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III OT KJIeTOK K MHOTOKJIETOYHBIM OPraHu3MaM

15-n1HeBHbIN SMOPHOH MBIIIT



CriepMaTo301 Ha IIOBEPXHOCTH SHLEKICTKH MOPCKOTo exa. ®otorpadus, oTy4eHHas! C IIOMOIIBIO PACTPOBOIO AIEKTPOHHOTO MUKpockoma. (C
no6e3Horo paspemenus Brian Dale.)




15 Ilos10BBIE KJIETKH M OIIOAOTBOPEHHE

Pa3mHOXeHHE BO3MOXHO ¥ 0e3 mojoBoro mpouecca. OXHOKICTOUHbIE OPraHU3MbI MOTYT Pa3MHOXKAaThCsl NMPOCTHIM MHUTOTHYECKUM MICIICHHEM.
MmHorue pacTeHHUs Pa3MHOXKAIOTCS BET€TaTUBHBIM IIyTeM, 00pa3ysl MHOTOKIICTOUHBIE JOYEPHHE 0COOU, KOTOPBIC BIOCIEACTBHU OTACIAIOTCS OT MATCPHHCKOTO
opranusMa. [10100HbIe SBICHUS UMEIOT MECTO U B JKHBOTHOM LIAPCTBE: TaK, OAWHOYHASI MHOTOKJICTOYHAS THIPA IIPOM3BOJUT OTOMKOB, OTIIOUKOBEIBASI HX OT
cBoero Tena (puc. 15-1). AKTHHMH U HEKOTOpPBIE MOPCKHE YEepBU ACNATCS Ha JBE MOJOBHHKH, KaKIas U3 KOTOPBIX PEreHEepHpyeT HEOCTAIOLIYIO YacThb
opranmsMa. Y SIIepHI] BCTPEYAIOTCS JaXke TAKUE BUJIBI, KOTOPbIE IPEACTABICHBI JIUIIb XKEHCKIMH OCOOSMH U Pa3MHOXKaloTcs 0e3 crapuBanus. Takoro poxa
fecrosioe pa3MHOKeHHe - MPOIeCC BeChbMa HECIIOKHBIN M HEe BEIeT K 00pa30BaHUIO HOBBIX ()OPM: BCE MIOTOMCTBO F€HETHYECKH HICHTHYHO POJHUTEIECKOMY
opraHusMy. B oTinuue ot 3TOro npu moJI0BoM pa3MHOKEHHH IIPOUCXOIHUT CMELIMBAHUE TEHOMOB ABYX Pa3HBIX 0COOEH NaHHOTO BHAA, U 00pa3yloluecs B
pe3yabTaTe MOTOMKU OOBIYHO T€HETHYECKH OTIMYAIOTCS IPYT OT Apyra M oT oboux poxautencil. [lomoBoe pasMHOXKCHHE, IO-BHAUMOMY, HMeeT OObIIHe
[PEUMYIIECTBA, TaK KaK OHO CBOHCTBEHHO IIOJABIISIONIEMY OOJIBIIMHCTBY pAacTEHHIl M JKMBOTHBIX. Jlaxke MHOTHE NPOKapHOTHl M HEKOTOpHIE Ipyrue
OpraHu3Mbl, OOBIYHO Pa3MHOXKAIOIIMECS HEMOJOBBIM IyTeM, B HEKOTOPBIX CIydYasX HEpPeXOIiT K IOJOBOMY pPa3sMHOXKEHHIO, B Pe3yJbTaTe KOTOPOro
BO3HHKAIOT HOBble KOMOHHAIIMU T€HOB. B 3TOil ri1aBe MbI IO3HAKOMHMCS € KJIETOYHBIMU MEXaHU3MaMH, (QyHKIHOHUPYIOUIMMHU IPH MOJIOBOM Pa3MHOKEHHH,
HO IIPEXKJIE YeM IIEPEXOAUTH K IIOPOOHOCTSIM, MBI PACCMOTPHM IIPHYMHBI BOSHHKHOBEHHS 9TOTO alllapaTa u IPEeHMYIIecTBa, KOTOPBIC OH JacT.

15.1. Ilpenmy1uecTBa NMOJIOBOIO NpoLecca

I{uk1 1MoNOBOro pa3MHOXKEHMS BKIIOYACT 4YEpeJOBaHHE TAMVIOMAHBIX IOKOJCHMI KIETOK, KaXHash M3 KOTOPBIX HMEeT OJIMHAPHBIH Habop
XPOMOCOM, € AUIJIOMAHBIMH TOKOJECHHUSAMHM, TA€ KJICTKH 00JaJaloT IBOWHBIM XPOMOCOMHBIM Habopom (puc. 15-2). CMelmunBaHHe T'€HOMOB MPOUCXOJIHUT
Orarozaps CIUSHUIO ABYX TalUIOWIHBIX KIETOK, M3 KOTOPBIX 00Opasyercst OJHa AMIUIONAHAs. B CBOIO odepess HOBBIC IAIUIONIHBIC KICTKH 00pa3yroTCs H3
JMIUIONJHBIX B Pe3yJbTaTe JIEICHHs 0COOOro THIIA, HA3bIBAEMOIO Metiozom. B mpouecce reHeTHYECKOW PEeKOMOMHALMM B Meii03e MapHbIE XPOMOCOMBI
obmenuBatotes JJHK, nocne yero HoBble MX KOMOMHALIMU PacXOAATCS B pa3HbIE KJICTKH, KOTOPBIE TEIEPh COAEPKAT OJAMHAPHBIE HAOOPBI XPOMOCOM (CM. pasi.
15.2.2). B pe3ynbpTate KaxKaas KJIETKa HOBOTO IAIIONIHOTO MOKOJICHHUS IIOTy4acT HOBOE COYETAHNE TCHOB, IPOMCXO/SIIHX YACTHYHO OT OJHOM POIUTEIbCKOM
KJICTKU MPEABIAYLIEro IalyIOMIHOrO MOKOJICHUSI W YaCTHYHO OT Apyroil. TakuM oOpaszom, Onaromaps LMKIAM, BKIIOYAIOIIMM TaluIONIHYI0 (Gasy, CIHsHHE
ramer, AUIUIONAHYIO (asy U MeHo3, pacnagaloTcs cTapble KOMOMHALIMM [EHOB U CO3/1al0TCS HOBBIE.

Puc. 15-1. T'ugpa, OT KOTOPOi OTIOYKOBBIBAIOTCS JIBE HOBbIe 0COOH (YKasaHbl cmpenkami). TIOTOMKH TeHETUYECKH UICHTUYHBI POJAUTENBCKOMY
OpraHu3My; OHH B KOHIIE KOHIIOB, OT/EIISIOTCS ¥ IIEPEXOMAIT K He3aBHCHMOMY cyluecTBoBanuio. (C mobe3Horo paspemenus Matai Hornbruch.)



15.1.1. Y MHOIOK/1€TOYHBIX ;KMBOTHBIX THILIONAHAA (a3a ObIBaeT CJI0KHOI M NPOJ0JLKMTENILHOI, a ranyiouaHas - NpocToii
U KPAaTKOBpPEMeHHOIi

B xoze monoBoro nuKiIa KIETKH Pa3MHOXKAIOTCS ITyTeM OOBIMHOTO MHTOTHYECKOTO JICJICHHS - Yallle BCETO BO BPeMs AUIUIOUIHON a3kl (CM. pasm.
13.5). UckmntoyeHre COCTaBIISIOT HEKOTOPBIE MPOCTHIE OPraHU3Mbl, HAPUMEP APOXOKH (IIyTEM MHUTO3a y HUX Pa3MHOXAIOTCS TOJIBKO TalUIOMIHBIC KIIETKH,
JMIUION/IHAS JKe KJIETKa, 00pa30BaBLINCh, CPasy HMEPEXOJUT K MEHO3Y), a TAKXKC PACTCHHS, XOTS M HE B CTOJb SPKOH (opMe; y MOCICAHHX MUTOTHYCCKUC
JIeTIeHHs] IPOUCXOAT U B TalUIONIHON, U B JUIUIONIHON (ha3ax. IIpu 3TOM y BCex pacTeHHH, 3a HCKIIOUCHHEM Haubolee NPUMUTUBHBIX, TAIUIONIHAs (a3a
O4CHb KOPOTKast H IPOCTasi, TOTa KaK ANIUION/HAS MPEACTaBIICHA JIUTEIbHBIM IIEPHOAOM Pa3BUTHs U pocTa. [1ouTH y BceX MHOTOKJICTOUHBIX )KMBOTHBIX, U B
TOM YHCJIE y BCEX MO3BOHOYHBIX, rarongHas dasa eme kopode. IIpakTHYeCKH BECh CBOW JKH3HCHHBIH LMK OHM HPOBOMAT B JUIUIOUJHOM COCTOSHHH;
TaIUIONTHBIC KIIETKH XKUBYT OYEHb HEJIONIT0, OHU COBCEM HE JEJIATCS U CHEMaIbHO IIPUCIIOCOOIICHBI ISl IIOJIOBOTO CIMSAHUS (puc. 15-3).

lannonaHble KIETKU, KOTOPBIC CIIMBAIOTCS HPU OIUIOAOTBOPEHUH, HA3BIBAIOTCS raMeTaMH. B TUIIHYHOM citydae 00Opa3yrOTCsi FaMeThl IBYX THIIOB:
KPYIHBIC HEMOABWKHBIC sliyexiemku (WK sAuya) 1 MEJKHE, CIIOCOOHBIE epEeABUIaThCs cnepmuu (WU cnepmamoszoudst) (puc. 15-4). Bo BpeMst AUIIIONIHOM
(a3pl, HaupHAIOMmIEHCS cpasy IOCIE CIUSHHS TaMeT, KIeTKH Pa3MHOXKAIOTCS M CHELHAIM3UPYIOTCS, 00pa3ys CIIOXKHBIH MHOTOKJIETOYHBIH OpraHu3M. Y
OOJIBIIMHCTBA JKMBOTHBIX (HO HE PACTEHHH ) ITOJIE3HO Pa3/IM4aTh KICTKU 3aPObINIeBOi JHHHH (33a4aTKOBOTO IIyTH), OT KOTOPBIX OEpeT Hayano
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[unnouaksie opraduame

FannouaHbie opraHuamel

Q Q

onnoaoTeo-
PEHWE
] v

0 o @

TannowaHoe Akuo TannovgHeiA cnepmMuin Awnnonaxan awrora

| DI"I!'!OJJ.OTBOPEHIAE—| MERO3

Q FannowaHsie KneT kK
Aunnowasan 3urora Q (%] Q

] S
l

MWTO3 ]

A A

OOLLLROL

Fannowaksie opraHuame

JAMNnonaHsId opradnam
HEKOTOPBIE
BhICWWE 3YKAPWOTHI HU3WMWE 3YKAPUOTEI
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TaIUIONJHBIMU CTAHOBSTCS TOJBKO raMeThl. HanpoTuB, y HEKOTOPBIX HU3IIHMX 3yKapHOT Pa3MHOXKAIOTCS UMEHHO TalUIONJHBIC KIIETKH, a ¢JHHCTBEHHON
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Puc. 15-4. Sliinexnerka [ByCTBOPYATOrO MOJUTIOCKA ¢ MHOTOYHCIICHHBIMH CIIEPMUSIMU, IIPUKPEIIUBIIIMICS K €€ ITOBEpXHOCTH. MukpodoTorpadus
TOJTy4€Ha C MOMOIIBbIO CKAHUPYIOIIETO 3JIeKTPOHHOro MuKpockomna. (C mobesHoro paspemenns David Epel.)

CJIICAYIONICE MOKOJICHUE IraME€T, U COMaTUYECKUE KIIETKH, 06pa3y}0mne BECh OCTAILHOM OpraHusM U HE OCTaBJIAIOIINE ITOTOMCTBA. B HEKOTOPOM CMBICIIE
COMATHUYECKUE KIICTKH HY>KHBI TOJIBKO I TOTO, 4TOOBI CIIOCOOCTBOBATH BBKUBAHHIO U PasMHOXKCHHUIO KJICTOK 3a4aTKOBOI'O ITYTH (l'lOIlOBLlX K.]'leTOK).

15.1.2. ITonoBoe pa3zMHOKEHHE 1€JIAeT OPraHU3Mbl KOHKYPEHTOCIOCOOHBIMH B YCJI0BUSX H3MEHYHBOCTH OKPY:KaIOLIei
cpeabl

Armnmapar 1oJ0BOro pa3MHOXKCHHS CIIOXKEH, U CPEICTBA, «3aTpadynBacMbIey Ha HEro, OYCHb BEMMKH. Kakue jxe MmpenMyIecTsa OH AaeT, U MOYeMy
OH BbIpaboTasics B mpouecce 3Bomonnu? IIpn HaIMYMKM TeHEeTHYECKOH PEeKOMOMHAIMM POJMTENIBCKHE OCOOM HPOM3BOIAT MOTOMKOB, KOTOpBIE OyIyT
OTJIMYATHCS OT HUX CaMbIM HETPEACKa3yeMbIM 00pa3oM, IPUYEM CpPell HOBBIX CIy4alHBIX COUCTAHMI I'€HOB, 110 KpallHel Mepe, MOJIOBUHA MOXET OKa3aThCs
Xy’K€ POJHUTENIBCKUX TCHOTHIIOB. HO eci 3T0 Tak, TO MoYeMy IMOJIOBOE Pa3MHOKECHHE JOJDKHO OBITH BHITOAHEE OECIOJIOro, IPpH KOTOPOM IOTOMKH OYyAyT
COXpPAaHATh BCE POAUTENHCKHE TeHbI? XOTs s CHEHAINCTOB II0 MEHETHKE MOITYJAIHil 3TOT BOIPOC BCE €Iie A0 KOHIA HE SICeH, OCHOBHOM BBHIBOJ, IIO-
BHIUMOMY, COCTOUT B TOM, YTO NEPETACOBKA '€HOB B MPOLECCE I10JOBOr0 Pa3MHOKEHHUS CIOCOOCTBYET BBIKMBAHUIO BUJA NPH M3MCHCHHUH YCIIOBHIl CPEJIbl.
Ecnu pogutensekas 0co0b IPOU3BOJUT MHOTO MOTOMKOB C CAaMBIMH Pa3HOOOpa3HBIMU KOMOMHAIMSIME I'€HOB, HMECTCsI OOIBIIC IIAHCOB HA TO, YTO XOTS ObI
OJIMH TIOTOMOK OKa)KETCsI XOPOIIO IPUCIIOCOOICHHBIM I OYMyIINX SKH3HCHHBIX 00CTOSATENBCTB, KaKUMH OBl OHHM HU ObUTH. J[J1s1 0OBSICHEHUS IPEUMYIIECTB
0JIOBOTO Pa3MHOXEHHs B OOpb0e 3a CyliecTBOBaHHE OBLIO HMPEMANTOXKEHO MHOro rumote3. OnHa M3 HUX JaeT NpPEJCTABICHHE O TOM, KAKUIMH MOTJIH OBITh
HIEPBBIC ATAMbl YBOIIOLNY [OJIOBOIO Pa3MHOXKCHHMS. X0/ IBOJIFOLMH B 3HAYUTCILHON MEPE 3aBUCUT OT MYTALMi, KOTOPBIC H3MCHSIOT CYIIECTBYIOLIHE TCHBI,
o0pa3ys BMECTO HHX HOBbIe airenu (BapHaHTBI) 9TUX TEHOB. IIpeAnonokuM, 4ro y IBYX ocoOeil B HEKOTOPOW IIONMYISIIUHM BO3HHKIN ONaronpHsATHBIC
MyTal{H, 3aTParuBaIoOINe Pa3HbIC 2eHemuyecKkue J10KyCbl, a 3HAYUT, U PasHble QYHKIMH.
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VY Gecrosoro Buaa Kaxaas U3 9TUX 0cobeil JacT Hayano KJIOHY MyTaHTHBIX IIOTOMKOB, U JIBa HOBBIX KJIOHA OyIyT KOHKYpPHUPOBATh [0 TEX HOP,
II0Ka OJMH M3 HUX HE 0JepUT BepX. OAnH U3 OaronpHsATHBIX ajlleNiel, HOSBUBIIMXCS O1arogapsi MyTalusaM, OyieT, TaKUM 00pa3oM, pacpoCTpaHsIThCs,
TOI/Ia KaK APYroi B KOHLE KOHIIOB HCYe3HET. Teneps npeacTaBuM cede, 4To OAMH U3 UCXOJHBIX MYTaHTOB 00J1a1aeT TeHETHYECKU 00yCIIOBICHHOM
0COOEHHOCTBIO, TTO3BOJIIONICH €My BPEMsi OT BPEMCHH BKJIIOYATh B CBOif TCHOM I'€HBI M3 IPYTHX KJICTOK. B ycimoBusix 60ps0bI 3a CyIecTBOBaHHE
NpHOOPETEHHE I'EHOB y KJIETOK KOHKYPHPYIOIIETo KJIOHA PABHOCHIBHO CO3aHUIO KIICTKH, Hecylieil Bce GiaronpusatHbie MyTaiuu. Takas kieTka Oyaet
o0aziaTh HanOOJbLICH MPUCTIOCOOJICHHOCTBIO, U TIOJYYEHHBIE €10 IIPeUMYIecTBa obecieyar pacpoCcTpaHEHHE B MOMYIIALMH OCOOEHHOCTH, ITO3BOJISIOIIEH
BKJIFOYATh B CBOW ['€HOM I'HBI APYTUX KiIeTOK. EcrecTBeHHBINH 0TOOp OyaeT 61aronpusTCTBOBATh TAKOMY IPUMHUTHBHOMY ITOJIOBOMY Pa3MHOKEHHIO.

Kakxumu ObI HE OBLIM HCTOKH IIOJIOBOI'O Pa3MHOXKEHHUS, IOPA3UTEIBHO TO, YTO ABOJIOLMS MIPAKTHYECKH BCEX CIIOXKHBIX OPraHU3MOB, JOXKHUBIIUX JI0
HALMX JIHEH, rmpoTekana Oilarojapsi YepeJOBaHUI0 MHOTMX IOKOJICHUH, Pa3MHOXKaBIIMXCS MOJIOBBIM IyTeM. HecMoTps Ha oOuiire Oecrobix OpraHu3MoB,
OHHM, MO-BHIMMOMY, OCTAIMCh BECbMa NPHUMHUTUBHBIMH. IloueMy? BO3MOKHO, OTBET COCTOMT B TOM, YTO IOJIOBOE Pa3MHOXKEHHE CO3JacT O0COOBIC
BO3MOXKHOCTH JUISl FEHETHYECKOr0 0OHOBIICHHUS], BEAYLIETrO K Pa3BUTHIO CIOXKHBIX Opranu3MoB. O60 BceM 9TOM MBI OyeM TOBOPUTH Jajblle.

15.1.3. HoBble reHbI NOSABJISIIOTCS B pe3y/bTaTe AyIUIMKALMA M AHBepreH I

Jlns SBOJIOLMM CIIOKHOTO OpraHu3Ma TpeOyeTcs HedTo OoJjbliee, 4eM YIYy4IICHHE YKE HMMCIOIIUXCS TCHOB: HY)XHBI HOBBIC T€HBI [JIs
ocyIecTBIeHNs HOBBIX (yHKIuH. Kak oHH mosBistroTes?

MeHorue 6eIKH MHOTOKJIETOYHOTO JKMBOTHOTO MOTYT OBITh CTPYIIIMPOBAHBI B CeMeEICTBA: KOJUIAreHBI, IIOOMHBI, CEPUHOBBIC MPOTEasbl U T. II.
Benku ogHoro cemeiicra O0JaM3KM Kak 10 CBOEH (DYHKIMH, TaK U O aMMHOKUCIOTHOW IMOCJIE0BATEIbHOCTH. Bps/l JIM MOXXHO COMHEBAThCSl B TOM, YTO T'€HbI
0EeJIKOB KaXKJIOr0 TAKOI'0 CEeMEHCTBA MPOU3OILIM OT SAMHCTBEHHOTO IPEJKOBOTO I'€HA B PE3yNbTaTe IPOLECCOB dynaukayuu U ougepeenyuu (paszm. 10.5.3).
Pa3Hble WiIEHBI OJHOTO CEMEHCTBa OENKOB YAacTO OBIBAIOT XapaKTepHBI Ul PA3IUYHBIX TKAaHEH Tena, TAe OHU BBIIOJHSIOT MOXOXHE, HO HECKOJIBKO
pasnuyaroruecs: ¢ynkuun. Co3gaHHe HOBBIX I'€HOB OJarojaps AMBEPIeHIMM U CICLMAIN3ALUKM HMCIOIUXCS WIpajo, OYEBHIHO, PELIAIOILYI0 POIb B
SBOJIIOIUH CJIOXKHBIX MHOTOKJIETOYHBIX OPraHW3MOB. B 9TOM OTHOLICHHH IHUILUIOWIHBIC OPraHH3MbBI O0NAJAlOT BaXKHBIM IIPEHMYIIECTBOM: y HUX HMeeTcs
00aBOYHAs! KOMUSI KXKIOTO I'€Ha, M 3Ta KOIMS MOXKET MYTHPOBAaTh M CIY>KHTb HCXOJHBIM MaTEPHAJIOM UL CO3AHMUsI Yero-TO HOBOTO. I'aruionjHele BUIBI HE
MOTYT TaK )€ JIETKO BCTYIIaTh Ha IyTb, BEAYIIMIl K YBEIHYCHUIO U YCIOKHCHHIO TeHOMa. YTOOBI MEXaHHU3M 3THX IMPOLIECCOB CTAll SICCH, HAM HYXKHO OyIeT
HECKOJIBKO MOAPOOHEe pacCMOTPETH CBSI3b MEKILY ITOJIOBEIM Pa3MHOKEHUEM U TUILIOHIHCH.

15.1.4. [To10BOE pa3zMHOKEeHHE COXPAHSIET TUILIOUIHOCTD Y TUMJIOMIHBIX BHI0B

YV IUIIOMJHOTO OpraHu3Ma UMEHOTCS JIBE KONUM KaXKIAO0ro I'eHa - M0 OJHOW OT KaXKIO0ro U3 poAMTEsIed; OJHAKO JUli BbDKMBAHHMS M HOPMalIbHOM
JKH3HEAESATEIBHOCTH B OONBIIMHCTBE CIIydacB OBIBACT JOCTATOYHO OAHOM KomMH. MyTamus, Hapymiaiomas (yHKIHIO >XH3HCHHO BaXKHOTO TEHa, UIL
TaIuIONJHOTO OpPraHU3Ma JIeTalbHa, HO OHA MOXKET OKa3aThCsl Oe3BpeaHOIt



: f\/\/w@

PeupccHaHbM | NETaNkHbIA MeH BOIHWKAET

KOTAE MYTHRYET HEXOAHLIK TEH.

B PeIYNLTATE NONYYIETCA FETEPOIArOTHAR ocofs,
¥ KOTOPOR OAMA KONKA FEMA MYTEHTHER, & APy ran
DYHEUNOHADYET NO-NPEMHEMY

nenyYNARWKAA C NONOBLIM PASMHOMEHKWEM

() < (0f
) / \ S__--/

[

NotomcTeo

Kor pa eKpewMBaiaTeR ABE reTEPOINTOTHEIE OCO
HEKOTOPBIE W1 WX NOTOMKOB MACHBAYIOT ABE KONWW
PEUECCHBHOTD NETANLHOTD FEHA, HE NONYYAA Hit QAHOR
KOMMW HOPMANEHOTD F8HA, W NOITOMY NOrWBaKT

310 cnocoBeTayeT YCTPAHENHMIO MY TAHTHOTD reHa

WA Neny ALK

Mpih PEBHOBECHN PEUECCHBHIN NETANKHMR Fed
BCTPEMARTCA B NONYNALWK DEAKD: BONBWHHETED
ocofien ByAyT MMETE JBE HOPMANLHBIE KOMWIA
AEHHOTO FEHA

\
1
Tikum e 0GPaICM NOALEDWHBINTCA DELKWE
DE‘A!‘:CV‘U"hlﬁ NETANW, BOIHWKAOUWME B Apyrwux
ROKYCaxX THT‘I“'IHEIH NPeACcTaguTENs NONYNALWK
€ NONOBLIM DAIMHOMERMEM ByLET COABPMATE
TEKHE MYTAUMA B OMEHE HEMHOTWX NoKycax
W COXPAHATL N0 ABE HOPMANBHBIE KO MWK
BONLILMHCTEE FEHOR
Puc. 15-5. U3 3Toii cXEeMbl BHJIHO, KaKUM
00pa3oM MpU  TOJOBOM  Pa3MHOKEHUH
JTUTUIOUHBIE OpraHU3MbI COXPaHSIOT
JIUIUIOUIAHOCTh B XOje dBoMouuu. st
MPOCTOTHI paccMaTpuBalOTCs TOJIBKO
JIeTalIbHBIE peLecCUBHBIE MYTaLHUH.
AHQJIOTUYHBIM 00pa3oM OOCTOHMT JeJ0 M C
BPEIHBIMHU PELIECCUBHBIMH MYTaLUSIMH.
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ULl AUIUIONAA, €CIIM 3aTPOHYTA JIMIIb OJHA M3 IBYX KOIMH I'€Ha, T. €. €CIIU OPIaHHU3M 2emepo3uzomen
mo Myrtanuu. Kak mpaBuio, B TeHOMaxX IMIIOMAHBIX OPraHU3MOB COJAEPIKHTCS MHOIO peyecCugHblx
nemaneti. Hepeako rerepo3uroTHsle 0coOM 001a1al0T HECKOIBKO MOHMKEHHOM MPUCTIOCOOICHHOCTHIO,
IIO3TOMY pAcCIpOCTpaHEHHE TakMX ajulenell 3arpyaHeHo. OpHAaKoO Oaxe B TOM Cllydae, Koraa
MPUCIOCOOJICHHOCTh T€TEPO3UTOT HE CHIDKEHA, Ha YacTOTy IOSBIICHHS B IMOMYJISILUU PEleCCHBHBIX
JIeTaNei HaKJIaqpIBaeT OrpaHHYEeHIE MOJIOBOE pasMHOkeHue (puc. 15-5). Ecnu 06e poaurenbckue ocoou
HECYT PELIECCHBHYIO JICTAJIbHYIO MyTALlHIO B OJHOM H TOM JKE FeHe, HX IOTOMOK MOXKET YHACJIEI0BaTh
JIB€ MYTAaHTHbIE KOIHM 3TOrO IT€Ha M HE MOJIYyYUTh HU OIHOH HOPMAJbHOH; TaKoH eomosucommbiil
OpraHu3M IOTHOHET, W BMecTe C HUM OyIOyT yTIpaueHsl MyTaHTHbIE KOIMH TeHa. Uem Oombmie
pacmpocTpaHeH B IIONMYJILIMM JITalNbHBIH ajjenb, TeM ObicTpee OH OyeT SIMMHHHpOBAThCsi. B
pe3yibTaTe YCTaHABIMBAETCS PABHOBECHE MEXAY CKOPOCTBIO DIMMUHAIMH JIETAJBHOTO ajueis U
CKOPOCTBIO €ro 00pa3oBaHMs 3a CYET HOBBIX MyTauuii. [Ipu paBHOBECHHM pELECCUBHBINH JIETAIBHBIN
aJUIeNb BCTPEYACTCS B IOIMYIIIIUY JOCTATOYHO PEIKO (XOTS U 3HAYUTENBHO Yalle, YeM 3TO OBbUIO OBl Yy
raruIOMHOTO OPraHU3Ma): IMOJAABISIONIEE OOJBIIMHCTBO 0coOel OyayT MMeTh JBe (YHKIHMOHAIbHbIC
xonuu reHa. CXomHBIM 00pa3oM OOCTOUT JEI0 M C TeMHU PEleCCHBHBIMU MyTalUsIMH, KOTOPBIC IIPOCTO
BpelHBl (BEAyT K CHIDKCHHIO YHCICHHOCTH IOTOMCTBA), HO HE JIeTaJbHBL. B o0meM ciydae mpu
HaJIMYUM TI0JIOBOTO DPA3MHOKEHUS M TEHETHYECKOM pEeKOMOMHAaluM OoTOOp O0ecrne4ynBaeT Takoe
MOJIOXKEHHUE, TIPU KOTOPOM y OONBIIMHCTBA 0cOoOEi B OOJIBIIEH YacTH TeHHBIX JOKYCOB OCTAIOTCS IBE
(YHKIMOHAILHO B3aUMO3aMEHsIeMBbIC KOITHHU I'€Ha, T. €. TCHOM COXpaHseT JUILIOHTHOCTb.

Jlns cpaBHEHHs pPacCMOTPHM IIOMYJIALMIO, HEPBOHAYAIBHO COCTOSILYIO M3 AUIIIOUIHBIX
oco0eii, KOTOpbIe Pa3MHOXAIOTCA OECHONBIM CHOCOOOM. B OTCYTCTBMM TeHETHYECKOH peKOMOMHAIMK
HHYTO HE IPEISTCTBYeT TOMY, YTOOBI JBE KOIMH KaXKIOTO I'€Ha HBOJIONHOHHPOBANIN DPa3IHIHBIMU
myTaMu. Bpennsle perieccuBHple MyTalud OydyT HAaKaIIMBaThCs B TEHOME [O TeX IOp, IIOKa
JUIUIONJHOCTD HE CMEHHTCS COCTOSHHEM, IpH KoTopoM obmee komudectBo JJHK ocTaercsa mpexHmM,
HO COXpaHSeTCs JIUIIb OJHAa (PyHKIMOHMPYIONIAsh KOMHS KaXJOT0 U3 IEePBOHAYAIBHBIX HEOOXOMMMBIX
reHoB. OpraHusM CTaHOBHTCS «(YHKIMOHAIBHO TraiuiouAHbIMY. [IpeicTaBicHHE O HPOMEXKYTKaX
BpEMEHHU, HEOOXOIUMBIX IS HOJOOHBIX dBOIIOIHOHHBIX H3MEHEHHH, MOXKHO HOIIyYUTh, PACCMATPUBAs
3BOJTIONHIO TYKYJaHOBBIX PHI6'. DTH PHIOBI TIPOMCXOMAT OT TIPEIKOB, Y KOTOPHIX OKOJO 50 MITH. JeT
Ha3aj MPOHU30IIA MONHAs AYIUIHKALMS MPEeXAe AUIIOUAHOIO FeHOMa M OHH CTalH, TAKUM 00pa3oM,
Terpamtonaamu. I[loacunrtano, 4rto okoa0 50% «IMIIHUX) Hap TeHOB, KOAUPYIOMINX OCNIKH, YTPATHIH C
TeX 0P cBOe (DYHKIMOHAIBHOE 3HAYCHHUE.

15.1.5. IunaonaHblii BHI 00/1aaeT JIUIIHEH KONueid Kaxa0oro reHa,
€roco0HOii MyTHPOBATH M BLIIOJHATH IOC/I¢ 3TOT0 HOBYIO (DYHKIHIO

BonbmuHCTBO MyTaIMil SIBIAIOTCS BPEIHBIMM, IOCKOJBKY OHH HapyIIaloT (YHKIMIO IeHa,
KOTOpas yxe OblTa ONTUMHU3MPOBAHA B X0JIE €CTECTBEHHOro oTOopa. OTHAKO MHOTAA MOXKET HPOU30HTH
MyTalus, KOTopas MOAM(UIUPYET MMEIOIIMIiCS T'€H TaKMM 00pa3soM, YTO OH NPUOOPETAaeT HOBYIO
nonesnylo Qynkuuio. Kak npasuio, Takas MyTalus AeaeT I'€H HECIOCOOHBIM OCYLIECTBIISITH CBOIO
NIePBOHAYANBHYIO (YHKIMIO M, €CIM 3Ta (QyHKIHUA Oblla >KM3HEHHO HEOOXOAMMOMH, TarIOMIHBIA
opranu3M rubuer. OJIHaKO B -

1)Uyxyuanosslie (Catostomidae)-ceMeicTBO IIPECHOBOAHBIX PHIO OTpsia KaprooOpasHbIX.- [Ipum. peo.
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IUIOHM/THOM OPraHU3Me MOA0OHOTO POja MyTalysl B OAHOM U3 ABYX KOIHIl F'eHa HE POCTO TEPIHMA - OHA IPHHOCHUT MOJb3Y. Jlake HeOONBIINX HIPEHMYIIECTB,
KOTOpBIE HOJIyYUT OpraHu3M Oarofapsi HOBOMY MyTaHTHOMY I'eHy, OyAeT JOCTaTOYHO, YTOObI IIEPEKPHITh yIepO, HAaHECCHHbIH oTepeil OAHOIT U3 ABYX
HCXOHBIX KOIHil FeHa: TeTePO3UTrOTHAsE 0CO0b OyIeT U3BIEKATh MOJIb3Y KaK U3 CTapOii, TaK M U3 HOBOH (YHKIMHU reHa. | OMO3HIOTHI, IMEIOLINE IBE KOHU
CTaporo ayuIeis Hin ABE KOIMH HOBOTO, OK)XYTCSI MCHEE IPUCIOCOOICHHBIMH. B MOZOOHBIX CiTydasix, KOT[a HMCETCSI NPeUMyLyecmeo 2emeposuzom,
MYTaHTHBII I'eH OBICTPO PACIPOCTPAHACTCS B IUIIOMIAHOM HOIYJIALMH C IIOJIOBBIM Pa3MHOXKEHHEM - 0 TeX IOp, 0K He OyAeT JOCTUTHYTO PaBHOBECHE, IIPH
KOTOPOM U CTapble, 1 HOBBIE AJIJIEJIN TPEJCTABIICHBI C BBICOKOW YaCTOTOM U J10J1 T€TEPO3UTOTHBIX 0c00eH BeIMKa. JTO SIBJICHUE HAa3bIBACTCS
coanancuposantvim noaumopgusmom. OXHAKO KOS-4eM HPUXOAUTCS PACILUIAUMBATHCS: P CKPEIIMBAHUN IBYX TETEPO3UIOT 3HAYNTEIbHAS YaCTh IIOTOMKOB B
COOTBETCTBUM C OOBIYHBIMHU 3aKOHaMH MeH/Ielsl OKa)KeTcsi TOMO3HIOTHOM M ITOATOMY XyiKe IpHcnocodnenHoii. Ho takoe mosokeHue He OyIeT COXPaHsAThCs
BCYHO - U3 HETO €CTh BBIXO/.

15.1.6. InnJionaHbIil BU MOKET OBICTPO 000rauiaTh CBOii reHoM, IPHOOPEeTast HOBbIE I'eHbI

Bpewms 0T BpeMeHH y BCeX OpPraHH3MOB IPOHCXOAUT CIOHTaHHOE yOsoeHue 2eH08. XPOMOCOMa, colepiKalias oJHy Konuio rena G, B pe3yibTaTe
oum6ky B perwnkanun JJHK naet Hagano XxpoMocoMe, B KOTOPYIO BXOISIT YK€ [[Be KOIIMU 9TOr0 I'€Ha, PAaCcIONIOKEHHbIe 0JHa 3a Apyroi. Takue Kyruukanuu
caMH 1o cebe He Jal0T HUKAKHX NPEeHMYIIECTB U BCTPEYAIOTCs, KaK IPAaBUIO, Y OYEHb HEMHOTUX ocoleil. IIpeamonoxuM, omHAKO, YTO JyIUTHKALUS
IPOM30IILIA B JIOKYCE, COJEPIKAIleM IOJIC3HBIH MyTaHTHBIH amiens G*, KOTOpBI ¢ BHICOKOH 4acTOTOH IPHCYTCTBYET B HOIIYJSIHU B CBSI3H C OTOOPOM B
IOJIB3Y TETEPO3UTOT M COCYIIECTBYeT B IeHoMe ¢ HcxomHbiM ajuteneM G (puc. 15-6). Torma Bennka BEpOSTHOCTB TOTrO, YTO B JHUIUIOMIJHOU KIIETKE,
cozeprkamieit xpomocomy GG (HecyIyio IyIUTHKALHIO), ee roMoJor Oyaer coaepxars amieab G*, tak yro momyuntest renotun GG/G*. 3ateM B pe3yibrare
2enemuueckoli pekombunayuy B Meiiose (CM. HIDKe) MOTYT o0pa30oBaThest raMeThl ¢ reHoturioM GG*. B aTux ramerax mcxoxHselid reH G u MyTaHTHBIH G*.
PACIIOJIOKEHHBIE OJIHH 33 APYTHM, HE OYIyT yKe ABYyMsI aJUIeIISIMK, KOHKYPHPYIOIIMMH 32 OMH M TOT K€ JIOKYC; TeIeph 9TO 1Ba OTACIbHBIX I'€Ha, KaXKIBIH U3
KOTODBIX 3aHHMAaeT cOOCTBEHHBIH oKyc. Takas KOMOMHAIMS BBITOJHA, M OHA CTaHET OBICTPO PACHPOCTPAHATHCA, OKA, HAKOHEIl, BCs IOMYNIALUS He OyneT
coctosTh 13 romo3uror GG*/GG* (cm. puc. 15-6). IIpeumymiecTBo 0codeit ¢ TaKUM TE€HOTHIIOM COCTOUT HE TOJBKO B 00JIaJaHUH 000OUMU TeHaMH - cTapbiM G
1 HOBBIM G*, HO M B TOM, YTO OHU MOTYT HIepeaBaTh 3TO IPEUMYLIECTBO BCEM CBOUM ITOTOMKAM.

Taxkum o06pa3oM, y AUMIOUTHOTO BUJA C IIOJIOBBIM Pa3MHOKEHHEM MOTYT BO3HHMKATh HOBBIE I'€HBI B Pe3ylbTaTe MyTalluil B 100aBOUHBIX KOIHAX
UMEIOIINXCS TEHOB; 3TH HOBBIC T'€HBI MOTYT PAacIPOCTPAHHTHCS B MOMYJLIUH Oiarogaps oTOOpY B IONB3Y I'eTEpPO3HIOT, IPUYeM He OyayT NMOTEepSHBI U
HCXOJHBIC T'CHBI; M HAKOHEL[, HOBBIC I'CHbl MOTYT JOIOJHHUTENBHO BKIIOYATHCS B I'€HOM B pe3ylibTaTe MPOLECCOB IYIUIMKALMHA I'€HOB U TEHETHYECKOMH
pekomOnHanuu. Takas 1ociefoBaTeIbHOCTh COOBITHH BO3MOXHA TONBKO y AUIUIOMAHBIX BHAOB. OboraiieHue reHoMa y TralulOMJHOTO BHIA CBSA3aHO C
6ompmmmMu TpyaHOCTAMH. Ecim B mponecce mproOpeTeHHss HOBOTO TeHAa BHJ JOJDKCH COXPAHHTH U CTAaphIil TeH, TO €My HPHIETCS JKAaTh BO3HUKHOBEHUS
HY>KHOW MYTaIlM{ y OJHOH M3 OYEHb HEMHOTHX OCOOeH, y KOTOPBIX yiKe IMPOU30ILIa AYIUIMKALMS COOTBETCTBYIOIIETO JOKyca. A IOCKOJBKY M MyTal[UH, U
IYIUIMKALHK B OIPEIEIEHHOM JIOKYCE IIPOUCXOAAT OUEHb PEIKO, FAILIONTHOMY BUY IPUXOAUTCS AOKUAATHCS COBIAJCHUS ITUX COOBITHI
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B pesyneTave myraumwm ren G aamenneTch redom G* KoTopeli
MOHET BhINONHATE HOBYIO PYHKUWID BMECTO NPEXHER

IWEALADADA

MyTanTheiin annens G* GeicTpo pacnpocTpanAerca
B NOMYNALMWA, TAK Kak FeTepo3uroTHOE COCTORHWE
Q28T HEKOTOPOE NPEMMYWECTRO

DDA

Y oAHOR W3 MHOFWX FETepaInurar-
Hiix DCODER CNYHARMO NPOMCKOAWT
yaBoeHme reqa G

woasid rex (G®) w crapwmia (G
OKAILIBAOTCA PACTIONOMEHHBIMA
PALOM B OAHOM W TOR we
XPOMOCOME

DOO00

XpOMOCoMa HOBOTD THNA € NDCNEAOBATENLHO PACHONOMEHHEIMKM
reqamin G* w G npeacrasnAet coboil nannyywmi BapuanT,
W OH PACNPOCTPaHAETCA B NONYNALMA

B peaynetate pexomBuHauMm l

Puc. 15-6. BozauknoBenue HoBoro rera (G*) mo cxeme «Myranust —
pacrnpocTpaHeHHe — JyIUIHKALHS» B IPOLIECCE [OJI0BOTO Pa3MHOKCHHUS
JIUILIOHMTHOTO OPraHHu3Ma.

Ter[epb MOXHO nepel‘/im K I€TaJIbHOMY OIHUCAHUIO KIICTOYHBIX MEXaHU3-

OYNIMKALLMA

MYTALWMA

Puc. 15-7. O0pazoBaHie HOBOTO I'eHa y TaIlIOuTHOTO
opraHus3Ma. Takas OCIe0BaTeIbHOCTh COOBITHI KaXKeTCs
ropaszio 6osiee IIPOCTO#t, YeM Ta, KOTopasi [0Ka3aHa Ha PHC.

15-6, HO TpeOyeT Ui peanu3auuy 3HAaYUTENBHO 0oJIblIIe
BPEMEHH.

upe3BblYaiiHo Joiro (puc. 15-7). JleranbHble pacueTsl IOKa3bIBAIOT, YTO OOBIYHO (32 MCKIIOYEHHEM CHUTYalHif, KOrJa 4acToTa JYIUIMKALUKA I'€HOB OYEHb
BEJINKA) [UIUIONHBIA OPraHU3M CHOCOOCH PaCIIMPATH CBOI FEHOM M 100ABIATh K HEMY HOBBIC TCHBI C HOBBIMU (DYHKI[MSIMH B COTHM HJIM JIaXK€ THICSYH pa3
OBICTpee, YeM 3TO IPOMCXOAUT y TAaIIOHAHOTo opraHu3Ma. Hambomee spko pa3nudue BHIPaXKEHO B OTHOLICHUH TEX MYyTallHii, KOTOpbIe IPOHCXOAST ¢ HU3KOI
YacTOTOH, a UMEHHO TaKHE PEAKHE MyTallii HEOOXOAMMBI JUlsi OOHOBJICHHS TCHOMA.
Hrak, 10j0BOE Pa3MHOXECHHE MACT «pyKa 00 PyKy» ¢ AMILIOMAHOCTHIO, KOTOpAsk B CBOIO Ouepe/lb obecrnednBacT 0cob0 OnaronpuATHbIC YCIOBHS
IUIs co3aHusl OoJiee KPYIHOro, Oosee CIoKHOTro U Oosee rubkoro reHoma. KoHe4HO, 3BOMIOLUS MOXKET IPOTEKATh MO-PAa3HOMY, U YKa3aHHBI HaAMU IyTh
JyIUIMKalUid ¥ IUBEPreHIMN T€HOB, OE3yCIIOBHO, JaleKO HE CAMHCTBEHHBIH. TeM He MeHee, MOJIOBOE PAa3MHOXKEHHE, MO-BHAMMOMY, OKa3ajlo OIPOMHOE
BIIMSHUE HA HCTOKH U CIIOCOOBI PACIIPOCTPAHEHHUS B MOMYJIALNY TCHETUYECKUX U3MEHEHHIA, Ce/IaB BO3MOXKHBIM MOSBICHHE CTOMb CIOKHBIX OPraHU3MOB, KaK
MBI CaMH.
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MOB II0JIOBOTO Iporiecca. B nmocneayronmx pasenax cHagana OyAeT pacCMOTPEH MEHO3, B XOI¢ KOTOPOTO OCYIIECTBILIETCS TCHETHYECKAsi PEKOMOHHALINS 1 U3
JIUIUIOMIHBIX KJIETOK 00pa3yIoTCs TaluION/IHbIe FaMeThl; 3aTeM Mbl 00paTUMCSI K CAMUM raMeTaM M, HaKOHeLl, HO3HAKOMUMCSI C IIPOLIECCOM OILUIOAOTBOPEHUS,
HpH KOTOPOM I'aMEThI CIIMBAIOTCS, 00pa3yst HOBBIH JUIUIOUIHBIH OPraHU3M.

3akioueHue

IIpu nonosom pasmuodicenuy NPOUCXoO0Um Yukiuveckoe yepedosanue OUNIOUOHO20 U 2ANIOUOHO20 COCMOAHUL: OUNTOUOHAS KIemKA Oenumcs
nymem metio3a, nopodicods 2aniouoHsle KIemxKi, a 2aniouonsle KiemKi NonapHo caueaiomes: npu onl000meopenuy u 00pasyiom Hoeble OUNIOUOHbIE KICMKU.
Bo epema amozo npoyecca npoucxooum nepemewiuéanue u peKOMOUHAYUA 2eHOMOB, 6 pe3yibmanme Ye20 NOAGNAIOMCA 0COOU C HOBbIMU HADOPAMU 2eHOB.
Buvicuie pacmenus u scusomuble 6016ULVI0 YACHTb HCUSHEHHO20 YUKILA NPOBOOAN 6 OUNIOUOHOU (hase, a 2aniouoHas Gaszay Hux ouenb Kopomxas. Beposmuno,
npoyecc 26010yl O1A20NPUAINCINEOBAN NOJIOGOMY PASMHOICEHUIO, MAK KAK CYHAUNAS 2eHeMUYecKas PeKOMOUHAYUS YEeTUYUBANa WANCbl OP2AHUSMOB HA
mo, umo xoms 6bl HEKOMOpble U3 UX NONMOMKOB GbIICUBYNI 6 HENpeOCKazyemo usmenuusom mupe. Ilonoeoi npoyecc Heobxooum maxaice 05 ROOOEPICAHU
OUNIOUOHOCUL; OH CHOCOBCMBYEm CO30ANUIO YCA08ULL Ol OLICMPOLL 8bIPAOOMKU HOBLIX 2€HO8 Y BLICULUX PACMEHULL U HCUBONHBIX.

15.2. Meiio3

INonumanue Toro axra, 4TO MOJOBBIC KICTKH TAIUIONIHBI M [MOITOMY JOJDKHBI (DOPMHUPOBATHCS C MOMOIIBIO 0COOOr0 MEXaHH3Ma KJIETOYHOIO
JIeJIeHUs], TIPULUIO B Pe3yJibTaTe HAaOIIOJNEHMI, KOTOpbIE K TOMY K€ €/Ba JIM HE BIICpPBbIC HABEJM HA MBICIb, YTO XPOMOCOMBI COIEPIKAT TCHETHYECKYIO
urbopmarmio. B 1883 r. 6pu10 00HAPYKEHO, YTO SIAPA S U CHEPMHS ONPEICICHHOTO BIAA YE€PBEH COMEPIKAT JIMIIB TI0 JBE XPOMOCOMBIL, B TO BPeMs Kak B
OILIOJOTBOPCHHOM SIHIIC UX YK€ YeThIpe. XPOMOCOMHAs TEOPHUsI HACIICACTBCHHOCTH MOTJIa, TAKUM 00pa3oM, OOBSICHUTh JaBHUII [TapaJOKC, COCTOSIIHIL B TOM,
YTO POJIb OTLA M MATEPH B ONpPEACICHHU IIPU3HAKOB OTOMCTBA YaCTO KAKETCsl OAMHAKOBOM, HECMOTPSI Ha OTPOMHYIO Pa3HHIYY B pa3Mepax SHLEKICTKH U
CrepMaTo30ua.

Eme oauH BaXHBI CMBICI YIIOMSHYTOTO OTKPBITHS COCTOSUI B TOM, YTO IOJIOBBIC KJICTKH JOJDKHBI (JOPMHUPOBATHECS B PE3YIbTATE SACPHOTO
JIeNIeHHst 0cO0O0ro THIIa, TP KOTOPOM BECh HAOOpP XPOMOCOM JENHTCS TOYHO HomoyiaM. JleleHne Takoro THIa HOCUT Ha3BaHHE Mefi03 (CIOBO IPeyecKoro
HPOUCXOXKICHHUS, O3HAuaIoOLIee «yMEHbIIeHHEe». Ha3BaHue Apyroro Buja JENeHHs KICTOK-MHUTO3-IIPOMCXOJUT OT IPEYECKOrO CIIOBA /mitos, O3HAYAIOLIETo
«HHTB»; B OCHOBE TAKOTO BBIOOpA HAa3BAHMS JIGKUT HATEIIOAOOHBIN BUA XPOMOCOM NP MX KOH/JCHCALIMK BO BPEMs JICICHUS sApa - JaHHBIH IPOLECC HMEET
MECTO KaK IIpH OOBIYHOM, TaK U IpU MeHoTHuecKoM JieneHnn.) IloBeieHre XxpoMocoM BO BpeMsl MeHo03a, KOT/ia IIPOUCXOAUT PEAYKIHS UX YUCIIa, 0Ka3aloCch
Oosiee CIOXKHBIM, 4eM Tpejnonarany panbiie. [loaroMy BaxkHeiIIMe 0COOCHHOCTH MEHOTHYECKOro AENEHHs YAAJIOCh YCTAHOBUTH TOJIBKO K Hayaidy 30-x
TOJI0B B UTOT¢ OrPOMHOTO YHCIIA TIIATEIBHBIX HCCICAOBAHUIT, 0OBCANHHUBIINX IUTOIOTHIO ¥ TCHETHKY.
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15.2.1. IIpu meiio3e MPOMCXOIUT He OHO, a BA JIeJIeHUs s1Ipa

JlunnonaHele sAapa cOmep)KaT IO JBE KONHM KaXKJIOH XPOMOCOMBI (3TO HE OTHOCHTCS JIMIIb K IIOJOBBIM XPOMOCOMAaM), OJHAa M3 KOTOPHIX
HPOUCXOJUT OT MYXKCKOI'O POJMTENs, a JAPYyras - OT KEHCKOro. DTH JIBe KOITMM Ha3bIBAIOTCS FOMOJIOTaMH, U B OOJIBIIMHCTBE KJIETOK OHU BEIYT ceOs Kak
COBEpILIEHHO He3aBHCUMble XpoMocoMbl. Korna Omaromaps pemmukanuu JIHK kaxnmas xpomocoma ynBamBaeTcs, [Be €€ KONMM OCTAIOTCS CHadaia
COCIMHEHHBIMH BMECTE (MX Ha3bIBAIOT CECTPMHCKMMHM XpoMaTuaamu). [Ipu oO6bI9HOM KII€TOYHOM JieTIeHNH (ONMCAHHOM B IMI. 13) CEeCTpHHCKHE XpOMAaTHIbI
BBICTPAMBAIOTCS B SKBATOPHAJIBHON IUIOCKOCTH BEPETEHA TAKUM O0OPa3OM, YTO UX KHHETOXOPHBIC BOJOKHA HAIPABIICHBI K MPOTHBOIOJIOKHBIM Iorocam. B
pe3yJbTaTe CECTPMHCKHE XPOMaTH/IbI B aHada3e OTACNAIOTCS APYT OT Apyra (Tenepb OHM HA3bIBAIOTCSA XPOMOCOMAMH), U KaXK/iask JOUEpHsisl KJIETKa Hacleayer
TI0 OJTHOI KONMH KaXJ0ro romosnora (cM. pasj. 13.5). Mex/y TeM ramiouaHbele TaMeTsl, 00pa30BaBIINECs NPH AEICHAN AUIUIOMIHON KIETKH ITyTeM Meifo3a,
COJIEpKaT MO OJHON XPOMOCOME KaXKJI0H FOMOJIOTHYHOM Mapbl (OTLOBCKOTO MIIM MAaTEPHHCKOTO MPOUCXOXKIEHHS), T. €. TOJIBKO MOJOBUHY NCXOAHOTO YHCIa
XPOMOCOM. B CBSI3M ¢ 3THM K anmapaTy KJIETOYHOTO JCJNEHHUs 31eCh NPENbABISAETCS NOIONHUTENBHOE TPEOOBAHUE: TOMOJIOTH JOJDKHBI MMETh BO3MOXKHOCTh
«y3HaBaTh» JIPYT JPyTa H COEIMHATLCS B TAPhI, IEPE]] TEM KaK OHU BBICTPOSTCS Ha 9KBAaTOPE BepeTeHa. Takoe criapuBaHue, MM KOHBIOTAIs, TOMOJIOTHYHBIX
XPOMOCOM MAaTEpPHUHCKOTO M OTIOBCKOIO IPOUCXOXKACHHS IPOUCXOAUT TOIBKO B Meiose (puc. 15-8); moapobHOCTH 3TOro mpomecca OyayT pacCMOTPEHBI
THO3Xe€.

I1py HaMMUMK MeXaHW3Ma KOHBIOTAIMN OTIIOBCKUX M MaTEPHHCKHX TOMOJIOTHYHBIX XPOMOCOM M MX MOCJEIYOIIEro PacXokICHN Meiio3 Mor OBl B
HPHHIMIIE OCYLIECTBIATBCS ITyTEM BHJOM3MEHEHHS OJZHOTO MHUTOTHYECKOTO I[HKJIA, €CIM Obl B HEM BbImajna (aza yABOCHHS XpoMocoM (S) M roMoJoru
criapuBanuck nepex ¢asoii M. Torna B pe3ynbTaTe CIEAYIOIIEro KJIETOYHOTO AeIEHHs MOIIM Obl HEMOCPEICTBEHHO 00pa30BaThCsl JIBE IAIIOU/IHBIE KIETKH.
OjnHako Ha caMoM Jele Tporecc Meiosa Oomee cnoxeH. Ilepen koHbIOramuerd KaXablii U3 TOMOJIOTOB IOJBEPTaeTCs yABOCHHIO, 00pasys Iapy TECHO
CBS3AHHBIX CECTPMHCKHX XPOMATHJ aHAJIOTHYHO TOMY, KaK 3TO HMPOMCXOJMT IPH OOBIYHOM KIETOYHOM JeneHuu. Crenududeckne ocoOEHHOCTH Meio3a
HPOSBJISAIOTCS JIMIIB Hocle 3aBepuienns pernkauy JJHK. BMecto Toro uro0bl OTAEIUTHCS APYT OT APYra, CECTPHHCKHE XPOMATHIBI BEyT Ce0s KaK euHOe
nenoe (Kak OyATO MyIUIMKAaIMs XPOMOCOM HE MHPOM3OINIA): KaXKIbl MyIUTHIMPOBAHHBIA TOMOJOT KOHBIOTHPYET C TapTHEpOM, o0pasys CTPYyKTypy,
COCTOSIIYIO M3 YETBIPEX XPOMATH]] U Ha3bIBAEMYIO Oueanenmom. bUBaleHT pacronaraeTcsi Ha S5KBaTOpe BEpPETeHa, M B aHadase JyIUINIHPOBAHHBIC TOMOJIOTH
(KaXKIbIi U3 KOTOPBIX COCTOMT M3 JIBYX CECTPHHCKHX XPOMATHI) OTAEISAIOTCS APYT OT JAPYra M PaCXOAATCs K HPOTHBOIOJIOXKHBIM MOJIIOCAM IIPHYEM B KaXKIOM
U3 HUX JIBE CECTPUHCKHE XPOMATHIBl OCTAIOTCS COCAMHEHHBIMH. Takum 00pa3oM, IpH MepBOM JeJIeHHH Meif03a Kaaas J0YepHss KIETKa HAaCleayeT JBe
KOIHMH OJHOTO M3 JIBYX TOMOJIOTOB U MO3TOMY COAEpKHUT auruionHoe konudectso JJHK. OnHako oHa oTiiMdaeTcst OT OOBIYHBIX JUILIONIHBIX KIETOK B JBYX
otHomeHusx: 1) obe konuu JJHK kax1oif XpoMOCOMBI MPOUCXO/AT JIMIIb OT OJHOW U3 JBYX T'OMOJOTHYHBIX XPOMOCOM, UMEBIIUXCS B MCXOJHOH KIIETKE
(XOT, KaK Mbl YBUIUM, B PE3yJIbTaTe F€HETUYECKOH PEKOMOMHAIIMH TIPOUCXOAUT HEKOTOPOE IIepeMeliBaHie MaTepuHcKuX 1 otnoBckux JJHK), u 2) i 1Be
KOIMH KJIETKA IOTy4aeT B BUJIE TECHO CBSI3aHHBIX CECTPUHCKUX XPOMATHL, COCTAaBIIAIOIINX SANHYIO XpoMocoMy (puc. 15-8).

Teneps 00pa3oBaHHE TaIIOMIHBIX SJAEP IaMET MOXET OYEHb IPOCTO MPOUCXOAMTH B PE3yNIbTaTe BTOPOro JejieHHsi Meii03a, IpH KOTOPOM
XPOMOCOMBI BBICTPAaUBAIOTCS Ha HKBATOPE HOBOTO BepeTeHa M Oe3 panbHeiiiueit
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Puc. 15-8. CpaBHeHue Melio3a ¢ 00bIYHBIM MUTO30M (cxema). JlJIsi HPOCTOTHI IIOKa3aHa TOJIBKO OJIHA ITapa TOMOJIOTHYHBIX XpoMocoM. CriapuBaHue
TOMOJIOTHYHBIX XPOMOCOM MIPOUCXOJHUT TOJIBKO B MEH03€; MOCKOIBbKY MEpe/ CIapUBAHUEM KaXKIasi XpOMOCOMa YABAUBACTCS U COCTOUT M3 IBYX CECTPHHCKUX
XPOMaTHI, [JIsl 00pa30BaHUs TAIUIONTHBIX TAMET HEOOXOJHMBI B KICTOYHBIX AeieHus. [[09ToMy 13 JII000# AUIUIONAHOM KICTKH, BCTYTAIONICH B MEH03,
00pa3yoTCs YeThIpe TaluIONIHbIC KJICTKU. B Meiio3e Mpu KOHBIOTallni FTOMOJIOTHYHBIX XPOMOCOM MEX/Ty HUMH OCYLIECTBISICTCS KPOCCHHTIOBED; 00bSICHEHHE
CYTH 9TOTO SIBIICHUS ACTCS MTO3XKE.

pemukanuu JJHK cectpuHCKHE XpOMaTHABI OTACISIOTCS APYT OT JApyra, Kak MpH 0OBIYHOM MHUTO3€, 00pa3ys KJIETKH ¢ ramronansiM Habopom JJHK. Takum
00pa3oM, Mei03 COCTOHT M3 ABYX KJICTOYHBIX JACICHHMN, CICAYIOUINX 32 CAUHCTBCHHON (ha30il YABOCHHS XPOMOCOM, TaK YTO U3 KAKIOW KICTKH, BCTYIAIOLICH
B Meii03, IOIy4YaloTCsl B UTOTE YEThIPe raluionanbe Kietku (puc. 15-8). MHoraa mporece Meiio3a IpoTeKaeT aHOMAITBHO, M TOMOJIOTH HE MOTYT OTACIHUTHCS
JIPyr OT Jpyra - 3TO SIBJICHUE HA3bIBACTCS HEPACXO:KIAEHHEM XpPOMOcoM. Hexoropbie W3 00pasyroIMXcs B 3TOM CIydae TalUIOWIHBIX KIETOK MOITyYaroT
HEJOCTATOYHOE KOJIHMYECTBO XPOMOCOM, B TO BpEeMs Kak ApyrHe NPHOOPETAIOT HX JIHLIHKE KOMHU. M3 mogoOHBIX ramer (GOpMHPYIOTCS HEMOJIHOLECHHBIC
SMOpPUOHBI, OOJIBILIAS YACTh KOTOPBIX MOTUOaeT.
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Puc. 15-9. Cxema, WiuTIoCTpUpyIOLIasi 1Ba OCHOBHBIX MEXaHU3Ma IepepacIpe/ICICHUs] TEHETUYECKOTro
MaTepHala Bo BpeMs Meio3a. 4. Y opraHusMa ¢ 7 XpOMOCOMaMH B pe3yJIbTaTe He3aBUCUMOTO PACXOXKICHUS
TOMOJIOTHYHBIX XPOMOCOM B IIEPBOM JICJICHHU Mel03a MOXKET MOIYIUTHCS 2" pasiIMYHbIX FAIUIOMIHBIX FaMeT.
B nanHoM ciy4ae n = 3 U MOeT ObITh 8 pa3nmu4HbIX TUIOB ramer. b. B I mpodase meiio3a mpoucxomur
KPOCCHHI'OBEP-TOMOJIOTHYHEIE XPOMOCOMBI OOMEHHBAIOTCS YIaCTKAMH, YTO BEZET K IepepacipeeIeHuI0
reHoB. B nocienoBarensHocTsix JJHK nByx romMosioros Becerna mMeeTcsi 60JIbIIOE YHCIIO HE3HAUUTEIbHBIX
Pa3IHYMid, TI03TOMY 00a MEXaHN3Ma YBEIHYUBAIOT HACJICACTBEHHYIO H3MEHYUBOCTh OPTraHH3MOB,
Pa3MHOKAIOIIUXCS IIOJIOBBIM ITYTEM.

15.2.2 IlepecopTHPOBKA reHOB yCH/IUBaeTcs 0.1arogaps KPOCCHHIOBepy Me:K1y FOMOJIOTHYHBIMH HECECTPHHCKHUMHU
XpoMaTHAaAMHU

Kak MBI yxe BuenH, T€Hbl MOTYT IEPEMEIINBATHCS Onaromapsi CIMSHHIO TaMeT JBYX Pa3iIMYHBIX ocobeil. OJHAKO IeHeTHYeCKHEe H3MEHCHHS
OCYIIECTBIAIOTCS. HE TOJBKO 3THM IyTeM. Hukakue JBa IIOTOMKa OJHUX M TeX K€ poJuTeneil (eclM TOIBKO 3TO HE MICHTUYHBIC ONM3HEIBI) HE OyayT
a0COJIIOTHO OJJMHAKOBBIMU. JI€JI0 B TOM, YTO 3a[0Jr0 O CIMSHHUA ABYX TaMET, BO BpeMs Mel03a, OCYLIECTBIISIOTCA B Pa3IMYHBIX BUJA IEPECOPTUPOBKH
TCHOB.

OIuH BUJ NIEPECOPTHPOBKU - ITO PE3yNIbTAT CIy4alfHOIO pAcIpeselieHHsl Pa3HBIX MAaTEPHHCKUX U OTIOBCKUX I'OMOJOIOB MEXIY NOUYCPHUMH
KJIETKaMu 1pU 1-M JeneHun Meio3a; Kax/Jas raMera rojy4aer CBOI0, OTJIMYHYIO OT APYTUX BHIOOPKY MAaTEPHUHCKHUX U OTLIOBCKUX XpoMocoM (puc. 15-9 A). U3
OJTHOTO TOJIBKO 3TOT0 (hakTa CIEIyeT, YTO KJIETKH JH000H 0cO0M MOTYT B MPUHLHUIE 00pa30BaTh 2" reHETHYECKH Pa3INYaIOIIMXCs TaMeT, I/1¢ N-TalIOUIHOE
qmcio xpomocoM. Hampumep, y denoBeka KakIblii HHIUBHAYYM CTocoGeH 06pa3zoBaTh Mo MeHbImei mepe 22 = 8,4-10° reHeTHUeCKM pa3TUYHBIX TamerT.
OnHako Ha caMOM [iejle YMCJIO BO3MOXHBIX T'aMeT HEU3MEpHMO Ooiblle U3-3a KPOCCHHIOBepa (IepeKpecTa) - MpoLecca, MPOHCXOIAIIEr0 BO BpeMs
JUIHTEeNbHOH mpodassl 1-ro meseHus Meio3a, KOTAa TOMOJIOTHYHBIE XPOMOCOMBI OOMEHHBAIOTCS yJaCTKAMH. Y 4YelIOBeKa B Ka)KHOW Mape FOMOIOTHYHBIX
XPOMOCOM KPOCCHHI'OBEp IIPOHCXOAUT B CPENHEM B JBYX-TpeX Toukax. Kak mokasaHo Ha puc. 15-9 b, Takoil mporecc «IepeTacoBhIBaeT» I'€HBI JII000I
XpOMOCOMBI B FaMETax.

IIpu xpoccuHroBepe MPOUCXOAUT pa3pbiB ABOIHOM ciupanu JJHK B ogHOIt MaTepuHCKON U OJJHON OTIOBCKOI XpomaTuze, a 3aTeM MOJIyIHBIIHECS
OTPE3KH BOCCOCAUHSIOTCS «HAIEPEKpecT» (Ipolecc reHeTHUecKoil pexoMOuHanuu). To, 4TO M3BECTHO O JETAIX MOJEKYJSPHOTO MEXaHH3Ma 3TOTrO
npouecca, B 00LMX YepTax HPeJCTaBICHO B IJ. 5. PekoMOMHauus npoucxoaut B mnpodase 1-ro aeneHus menosa, KOraa ABE CECTPUHCKHE XPOMATHABI Tak
TECHO COMIDKEHBI APYr € APYroM, YTO HX HEBO3MOXKHO YBHAETh B OTHENBHOCTH (CM. HIDKe). ['opa3mo mosxe B 9ToH pacTaHyTod mpodase CTaHOBATCS
SICHOPA3JINYHMBI JIBE OTAENIBHBIC XPOMATHBI KaXK 0l XpOMOCOMEBL. B 3TO BpeMst BUAHO, YTO OHH CBSI3aHBI CBOMMH LIEHTPOMEPAMH U TECHO COJIIDKEHBI JPYT C
JIPYTroM 10 Bcel JurhHe. [IBa roMoJIora OCTaloTCs CBA3aHHBIMH B T€X TOUKAX, Il IPOH30LIE] KPOCCHHIOBEP MEXK/Y OTIOBCKOM
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Puc. 15-11. CeroBas Mukpodororpadus OMBaJICHTOB C MHOKECTBEHHBIMU
XMa3MaMH Ha CTaJMH JIMIUIOTeHbl. M300paxeHHbIe 3/1ech KpYIHbIE
XPOMOCOMBI IPSIMOKPBLIOr0 0COOCHHO yIOOHBIH 00BEKT MIst
LUTOJIOrNYecKuX nccnenosanuii. (C mobdesHoro paspemenns Bernard John.)

EvaaneHT

Puc. 15-12. [IpeacraBiaeHbl TpU XHUa3MBbl - PE3yJIbTaT TPEX OTACIbHBIX
nepekpectoB. Kaxgas U3 1ByX XpoMaTH OZHOH XPOMOCOMBI MOXKET
HepeKPelInBaTLCs ¢ 000 XPOMaTHION APYroi XpOMOCOMBI
OuBaneHrta. Harpumep, B JaHHOM cityyae XpoMaTuaa 3 oOMeHs1ach
y4acTKaMH OJHOBPEMEHHO C ABYMs XpoMaTHaamu - 1 u 2.

U MaTE€PUHCKOW XpoMaTuaamu. BuaHo, 4yTo B Ka)10W Takod TOYKE, KOTOPYIO Ha3bIBalOT XHA3MOM, ABE M3 YETHIPEX XpOMAaTH[ Nepekpeumsatorcs (puc. 15-
10). Takum 006pa3oM, XHMa3Msbl - 3T0 MOP(HOIOTUUECKUI PE3YNIBTAT IPOU3OLIEIIETO KPOCCHHTIOBEPa, KOTOPHII caM 10 cebe HeTOCTYIEH ISl HAOII0AeHHS.

Ha aroii cTagnu Meiio3a roMOJIOrH B KXKIOW mape (Win GMBaJICHTE) OCTAIOTCS CBA3aHHBIMU JPYT C APYTOM II0 MEHbIIEH Mepe 0JHOM xHa3Moil. Bo
MHOTUX OMBajJIE€HTaX ObIBacT OOJIbILIEE YUCIO XHa3M, TAK KaK BO3MOXKHBI MHO)KECTBEHHBIE IIEPEKPECThI MEXy romosoramu (puc. 15-11 u 15-12).

15.2.3. B KOHBIOraMM XPOMOCOM Y4YACTBYeT CHHANITOHEMAJIbHBII KOMILIEeKC

B mpodasze 1-ro nemenus Mmelioza BO BpeMsi KOHBIOTALMU (CuHONCUca) W Da3NeICHHS XPOMOCOM B HHUX IIPOUCXOIT CIOXKHEHIINe
MOpP(OJIOrHYecKie H3MEHEHHS. B COOTBETCTBUM € STMMM H3MEHEHMAMHU Ipodasza IENUTCS Ha ILITh MOCICHOBATCNbHBIX CTANUI - enmomeny, 3ucomeny,
naxumeny, ouniomeny u ouaxutes (puc. 15-13). Camoe nopasurenbHOE SBJICHHUE - TO MHULMALUSA TECHOTO CONMKEHHST XPOMOCOM B 3UTOTEHe, KOrJia MEeXIy
IapaMH CECTPHHCKHMX XPOMATHJ B KaXIOM OWBaJeHTe HauWHaeT (OPMHUPOBATHCS CIEIMAM3UPOBAHHAS CTPYKTYpa, Ha3bIBacMasl CUHANNIOHEMATbHbIM
Komnaekcom. MOMEHT TOJHON KOHBIOTAIIMH XPOMOCOM CUHTAIOT Ha4aJoM MaXMTeHBbI, KOTOpas OOBIYHO MPOIOIDKAETCS HECKOJIBKO JHEH; Mociie pa3ieIeHus
XpOMOCOM HACTYTAeT CTaHs AUIIOTeHbl, KOTJa BIIEPBbIC CTAHOBSTCS BUAHBI XUA3MBI.

Jlns reHeTHYECKOH peKOMOMHAITMY HEOOXOIMMO TeCHOE CONIKEHHE PEKOMOHMHUPYIONNX XpoMocoM. CHHANITOHEMAIbHBIH KOMILIEKC, KOTOPBIH
(dopmupyeTcst nepe caMoil ITaXUTEHOW M pacmamaeTcsi cpasy MOCHe Hee, yAep)KUBAeT TOMOJIOTMYHBIC XPOMOCOMBI PSJIOM, CKpEIULs MX IO BCeH UIHHE;
I10JIaraloT, YTO OH HEOOXOMUM /I OCYIIECTBICHHS KpPOCCHMHroBepa. CHHANTOHEMAIbHBIH KOMILIEKC MPEACTAaBIseT co00i JNIMHHOE OeIKOBOE 00pa3oBaHKeE,
HAIlOMUHAIOIIEe BEPEBOYHYIO JICCTHHUILY, K IPOTUBOIIOIOKHBIM CTOPOHAM KOTOPOTO IUIOTHO IIPUIICTAIOT JBa ToMosora (6uBaineHT, puc. 15-14). Cectpunckue
XPOMATHUJIBI KaXKJOT0 FOMOJIOra OCTAIOTCS TeCHO cOmmkeHHbIMY, a uX JJHK o0pa3yer MHOrOYHCIICHHBIE IIETIH [0 Ty )K€ CTOPOHY OT OEJIKOBOH «JIECTHHILBI».
Takum 06pa3oM, XOTs IOMOJIOIMYHBIE XPOMOCOMBI B CHHANTOHEMAJIbHOM KOMIUIEKCE COIMXKEHBI IO BCeil UTMHE, MAaTEPUHCKHE M OTIOBCKHE XPOMATHUIIBI,
KOTOPBIE BIIOCIEACTBUH OyIyT OOMEHUBATHCS yJaCTKAMU, OCTAIOTCS [0 Pa3HbIC CTOPOHEI OT «JISCTHUIB), IIPUYEM pa3/elIoIIee HX PACCTOSHIUE IPEBBIIIAeT
100 HM.

Kax mokasbIBaloT IUTOJIOTMYECKHE HMCCIEN0BAHHUsA, KOHBIOTAlUH XPOMOCOM HpeauiecTBYeT (opMHpoBaHHE OEIKOBOH HHUTH BIOIb KaXIOTO M3
romonoros. Ilo Mepe ocyIiecTBIeHHs KOHBIOTAIUH 3TH HUTH, IIO-BHAMMOMY, COJNIDKAIOTCS, IpEBpamiasich B OOKOBBIC 3JIEMEHTHl CHHANTOHEMAIILHOTO
KOMILIEKCa U 00pa3ys ABE CTOPOHBI OEIKOBOMH «JIeCTHHIBI». V IepBOHAYaIBHBIE HUTH, U OTH OOKOBBIC JIEMEHTHI COJEPXKAT OEIOK, KOTOPBI OYeHb XOPOLIO
OKpAaLIUBACTCs cepedpOM, UTO MO3BOJISCT BUIACTH 3TH CTPYKTYPHI KaK C IIOMOLIBIO CBETOBOIO MUKPOCKOIIA, TAK M Ha 3EKTPOHHBIX MUKpodoTOorpadusx (puc.
15-15).

MBbl He 3HaeM, YTO 3aCTaBIISIET FOMOJIOTUYHBIC YYaCTKUA XPOMOCOM TOYHO OPHEHTHPOBATHCS APYT MPOTHUB APYyra Ha CTaJMU 3UTOTEeHBL. Bpsiy i mis
9TOro HEOOXOAUMO CIIAPUBAHHE KOMIUIEMEHTAPHBIX OCHOBAaHUM 110 BCell IIMHE B3aUMOAEHCTBYIOIUX XPOMOCOM, IOCKOJIBKY XpPOMATUH OJHOTO M3 TOMOJIOTOB
B CHHANITOHEMAJILbHOM KOMILIEKCE PACIIONOKEH JOCTATOYHO JalIeKo OT XPOMAaTHHA APYToro TOMOJIOTa, a B OTACIBHBIX CIIyJasxX CHHANTOHEMAJIbHBII KOMIIIEKC
MOJXXET 00BEIUHATh YYaCTKU JBYX HETOMOJIOTHYHBIX XpOMOCOM. OHO U3 BO3MOXKHBIX OOBSICHEHHH COCTOUT B TOM, YTO KOHBIOTa-
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Puc. 15-13. ITocnenoBaTenbHOCTS COOBITHII IPH CHHAIICKCE U Pa3beIHHEHHU XpoMocoM B I mpodase meiio3a. IlomHOCTEIO chopMUPOBAHHEII
CHHANTOHEMAJbHBIH KOMIUIEKC CYIIECTBYET Ha IPOTSHKEHHU BCEH CTaAUH ITaXUTEHBI.

IIUsL XPOMOCOM HaYMHACTCSI C B3aMMOJICHCTBHS KOMIUIEMEHTapHbIX ap ocHoBanui JIHK B HeGompmmx crnenupuIecKuX yIacTKax KaxJI0i XpoMOCOMEL. 3aTeM
CHHANTOHEMANIbHBIA KOMILUIGKC COCIHMHSACT OCTaBIIHECS OONACTH OPHEHTUPOBAHHBIX JPYr HPOTHB Apyra XpomocoM. Kakoi-To MexaHM3M Takoro poja
JIOKAJIBHOTO COOTBETCTBHSI HEOOXOANM sl OOBSICHEHHS TOro (paKTa, 4TO HAIMYHE B OZHOM M3 ABYX FOMOJOTHYHBIX XPOMOCOM HHBEPTHPOBAHHOIO y4acTKa
OOBIMHO (XOTS M HE BCErja) IPHUBOAUT K MECTHOMY HAapyIICHHIO HOPMAlIbHOTO CHHAIICHCA BO BPEMsl 3UTOTEHBI, TAK YTO TOMOJOTHYHBIC T'€HBI MOTYT
KOHBIOTHPOBATh Jaxxe B obyact uuBepcuu (puc. 15-16 u 15-17). OtaensHble cragun Meiio3a mokasaHsl Ha puc. 15-18, rae maercs u mogpoOHOe onucaHue
COOTBETCTBYIOILINX [POLECCOB.

15.2.4. Kak nosiarawT, 00MeHbI MeKIy XPOMATHIAMHU NPOUCXOISAT NPU YYACTUH PEKOMONHAIIMOHHBIX y3€JIKOB

CHHaNTOHEMANIBHBIA KOMILIEKC 00CCIEYNBAET CTPYKTYPHYIO OCHOBY, HEOOXOJMMYIO JUIsi PEKOMOMHAIIMOHHBIX COOBITHI, HO CaM OH, BEPOSITHO,
HEIIOCPEACTBEHHO B HUX HE yuyacTByeT. Kak Hosararor, BaXKHYIO POJb B 3THX COOBITHSX MIPAlOT PeKOMOWHAIMOHHBIE y3€JIKH, KOTOPbIC IPEACTABIAIOT
c000i1 oueHb KpynHbIE OEIKOBBIE KOMIUIEKCHI C IMaMETPOM OK0iI0 90 HM (JUIs CpaBHEHMS 3aMETHM, YTO KpPYITHAs MOJIEKYJa TI00yaspHOro Oeiaka Maccoi
400000 nmanproH mmeer auaMerp mopsaka 10 HM). PekoMOMHAIIMOHHBIC Y3€JIKH «CHISAT» Ha HEKOTOPBIX PACCTOSHMAX APYr OT ApYra Ha (ICCTHHULE»
CHHANTOHEMAJIbHOTO KOMILIEKCA, MEX/Y JBYMs FOMOJIOTHYHBIMU Xpomaruaamu (cM. puc. 15-14). [Ipeanonaraercs, 4To 3T0 MECTO PACIONOKEHHS KPYIHBIX
MyJIbTU(GEPMCHTHBIX «PEKOMOMHAIMOHHBIX aIIapaToB», KOTOPbIC MOATSATHBAIOT APYT K APYry JjokambHble ydactkn JHK MaTepHHCKOM U OTI[OBCKOM
XpOMaTH/ Yepe3 00acTh CHHANTOHEMAIBHOTO KOMILIEKca muprHOi 100 HM.

O Taxoil QyHKINH PeKOMONHALMOHHBIX y3€JIKOB FOBOPAT HEKOTOPBIC KOCBCHHbIC JAHHbIC:

1. OG1iee YuCiIo y3€eIKOB IPHMEPHO PaBHO OOLIEMY YUCITY XHa3M, HAaOII0AaeMbIX MO3XKE B podase.

2. Y3enku paclupeneNeHsl BIOIb CHHAITOHEMAIbHOTO KOMIUIEKCA TaKHM JXe 00pa3oM, Kak M IepEeKpecThl; HampHMep, MOJAO00HO IepeKpecTaM,
Y3€JIKH OTCYTCTBYIOT B TeX OOJAcTsX, A€ CHHANTOHEMAIbHBI KOMIUIEKC COCAMHSCT OTPEe3KH rerepoxpoMatnHa. Kpome Toro, reHerudeckue u
LIMTOJIOTUYECKUE MCCIICIOBAHMS OKA3BIBAIOT, YTO MPOM3OIICAIINII KPOCCHHIOBEP HPEMSTCTBYET OCYIIECTBICHHUIO APYrOro KPOCCHHIOBEPA B OJIM3IICKAIICM
y4JacTKe XpoMocOMBL. TOYHO Tak jke U y3eJIKH, KaK IIPaBHIIo, HE PAcIoNaraloTcsi O4eHb OIU3KO JPYT K IPYTY.

PeomBuHaugmoHHLin boxoawie anemenTe
Y3ENOK

100 Hm

Ocesod InemanT

XpomaTud K pomartH
CECTPHHCK WX CECTPUHCKKXY
xpomariag 1w 2 xpomMatia 3 v 4
\aTUuoBCKIX) (marepumHcKmx)

Puc. 15-14. CxemaTndeckoe n300pakeHUE TUIIMYHOTO CHHANITOHEMAIFHOTO KOMIUIEKCA. 3/1eCh IPEICTABIICH JIMIIb HEOOIbIION YYaCTOK 3TOTO AJIMHHOTO,
TTOX0XKEr0 Ha JIECTHHILY 00pa3oBanus. [loka3aHbsl OOKOBBIC U OCEBOM (LICHTPAJIbHBIN ) HIEMEHTHI KOMILJIEKCA, @ TAK)KE PEKOMOMHALMOHHBIN y3elI0K. CXOIHbIC
CHHAITOHEMAJIbHBIC KOMIUIEKCH OOHAPYKUBAIOTCSI Y CAMBIX Pa3IMYHBIX OPTAHU3MOB - OT JpOoxoKeil 1o denoBeka. OqHaKo 00 00pa3yIOIUX ITH KOMILUICKCHI

0EJIKOBBIX MOJIEKYJIaX MOYTH HAYETO HE U3BECTHO.
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Puc. 15-15. DnexrponHble MuKpopoTOrpaduu  MOTHBIX
HAOOPOB XPOMOCOM B OKpAIICHHBIX CEpPeOpOM [aBICHBIX Iperaparax
CIEPMAaTOLUTOB MbIIM Ha (4) panHell (3urorena), (b) cpenHeit
(maxutena) u (B) mo3mHedl (mumUioTeHa) craausax mpodassl MEpBOro
nenenus meiiosa. (Poto ar06e3H0 npenoctasieHsl Montrose J. Moses.)

A. CnapupaHue (3urorena). Ilepes KoHbroranuei XxpoMmocom
OeJIKOBbIC HUTU OTACICHBI APYT OT APYra; 3aTeM OHH CONMXKAIOTCA H,
KOTJla B OJHOM HJIM HECKOIBKMX MECTaxX MHHIHAIUH CHHAIICHCA MEXIY
XpOMOCOMaMH ~ yCTaHOBUTCSl ~HAJUICXKAIllee PACCTOSIHUE, HAdHHAeT
(hOpPMHPOBATBCSI  CHHANTOHEMANBHBI KOMIUIEKC (4acto ¢  KOHIA
xpomocombl). Ha mpumepe nonoBeix xpomocoM (X 1 Y) BUAHO, YTO AJIS
CIapHBaHUs HEPEIKO MPUXOAUTCS MPEOJOJICBATh OIPOMHEIEC PacCTOSHHUS
BHYTpHU 57Ipa, OJHAKO MEXaHM3M JTOTO JBI)KEHHS HEM3BECTEH. TeMHbIE
TeIbLA-SIPBIIIKH.

b. 3asepmieHue cnapuBaHusa (maxurena). CuHarcuc
3aBepLIaeTCs, KOIJa CHHANTOHEMalbHble KOMIUIEKCHI — CBS3BIBAIOT
MOMAapHO BCE TOMOJOTMYHBIE AayTOCOMBI. X- H  Y-XpOMOCOMBI
KOHBIOTHPYIOT HE IIONHOCTBIO. IIpOMCXOANT KPOCCHHIOBEP MEXIY
XPOMAaTHIaMHU, KOTOPbIE Ha TaKUX QOTOrpadusix Hepa3IHINMBI.

B. PacxoxkneHue xpomocoM  (numiiorena). Ilepex
pa3pylIeHneM OeJIKOBBIX HHTEH MOCIeHIe OTACISIOTCS APYr OT ApYra,
YTO O3HAa4yaeT OKOHYaHHe cuHancuca. Ha mpemapare oHuM eme Koe-rue
CBSI3aHBl COXPAHMUBIIHMHCS OTPE3KaMH CHHANTOHEMAJILHOIO KOMILIEKCa;
KakK IIOJaraioT, 3TO T€ MECTa, B KOTOPBHIX IPOHM3OMLIEN KPOCCHHTOBEP.
IMozxe, Korza XpoMaTHH KOHAEHCHPYETCS U CTAHOBATCS Pa3IMYMMbBIMHU
XpOMaTHU/IbI, Ha MECTa KPOCCHHTOBEPA YKa3bIBAIOT XHA3MbI
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Puc. 15-16. Cxema 00pa3oBaHusi CHHANITOHEMAIBHOTO KOMILJIEKCA MEKLY HOPMAJIbHOM XPOMOCOMOM M €€ TOMOJIOT'OM, MMEIOLIIMM HHBEPTUPOBAHHBIN YYaCTOK.
TlooGHBIE CTPYKTYpBI yKa3bIBAIOT HA TO, YTO FOMOJIOTHYHbIE XPOMOCOMBI KOHBIOTUPYIOT 0J1aro1aps JOKaJIbHOMY CXOJICTBY OIPEJIEICHHBIX YYaCTKOB.
CpaBHUTE JaHHBII PUCYHOK ¢ puc. 15-17.

3. Hekotopele MyTanuu y Apo30(GWIbl HPUBOJAT K aHOMAJIBHOMY PAcCHpEIENICHHIO MEPEKPECTOB MO JUIMHE XPOMOCOM M PE3KO IMOHIKEHHON
4acTOTE PeKOMOMHALMIA; IPH 3TOM y MyX OKa3bIBaCTCS MEHbIIIE PEKOMOMHALMOHHBIX Y3€IKOB M HX Pa3MEIICHHUE BIOIb XPOMOCOMbI H3MEHEHO TAK XK€, KaK M
pacmpezienieHIe IepeKpecToB. Takas KOppesInus CIIyXKUT BECKUM JOBOAOM B IOJIB3Y TOTO, YTO KAXKIBI KPOCCHHTOBEP ONPEENACTCS TOKANU3aHeH 0JHOrO
y3eJKa.

4. Kax mosnaraiot, Ipu reHETHYECKOI peKOMOMHALUK B 00JaCTH Ka)XKJOT0 KPOCCHHIOBEpa MPOMCXOAUT CHHTE3 HekoToporo kommdectsa JJHK (cm.
pa3n. 5.4.5). Meron paauoaBTorpaduu B COYETAHMM C DICKTPOHHOW MHUKPOCKONHWEW IIO3BOJIAET IOKa3aTh, YTO PAaJHOAKTUBHBIC IPEIIICCTBEHHUKU
BKJIFOUaroTcst B naxureHnyro JIHK riaBHbIM 06pa3oM B 0011acTH PeKOMOMHAIIMOHHBIX Y3€JIKOB HJIM MOOIM30CTH OT HUX.

IMockonbKy PeKOMOMHALIMOHHBIX y3€JIKOB ObIBACT HMPUMEPHO CTOJIBKO )K€, CKOJBKO IPOUCXOAHUT MEPEKPECTOB, MOKHO JyMaTh, YTO ITH Y3EIKH
o4eHb (G(PEKTUBHO BHI3BIBAIOT PEKOMOMHAIIMIO MEXKIY XPOMATHIAMH JBYX TOMOJIOTMYHBIX XpoMocoM. K cOXKaleHHIO, O CTPYKType PeKOMOHHAIIHOHHBIX
Y3€JIKOB ¥ MEXaHU3Me UX JEeHCTBUS [10KAa HUYETo HE U3BECTHO.

15.2.5. Xua3mbl HrpalT BaskKHYI0 POJIb B PAcX0:KI€HHH XPOMOCOM BO BpeMs Meiio3a
Kpoccunrosep He TOJIBKO CIIOCOOCTBYET NMEPETACOBKE I'€HOB, HO UIPAET TAKXKE BAKHEHIIYIO POJIb IPU PACXOXKACHUHU JBYX TOMOJIOIOB B I0YEPHUE

sapa. IIG.TIO B TOM, YTO UMEHHO XHa3MBbl YACPKUBAIOT BMECTE MAaTEPUHCKUE U OTLHOBCKHUE I'OMOJIOTH 10 aHa(t]aEILI L BBIIIOJIHAA 30€Ch Ty KE CI)yHKI_II/I}O, qTo

PexkomBUHaAUWMOHHBIW
V3enoK

i

A

LeHTpomepa :

NP |

1 s

Puc. 15-17. TecHast KOHBIOTALMS ABYX TOMOJIOTHYHBIX XPOMOCOM MBILIH, OJ{HA M3 KOTOPBIX COICPKUT HHBEPCHIO, HAa CTA/M1 [IaXUTEHbL. B nerne BuneH
PEKOMOMHAMOHHBIN y3el0K (cM. pa3n. 15.2.4). CnieBa - anextpoHHast MEUKpodoTorpadust; cipasa nosicHsrommas cxema. (P. A. Poorman et al., Chromosoma,
83,419. 1981.)
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JIEIITOTEHA. Ilpoda3a 1 HaumHaercs co CTaguu JICHTOTEHbI,
KOTJa BHJHO, YTO KaKAas XpOMOCOMa, M3MCHHB CBOIO HHTEp(a3HYIO
KoH(opMaIHIo, NEPeXOAUT B KOHACHCUPOBAHHYIO (HOpMY, 00pa3ys IJIHMHHOE,
TOHKOE BOJIOKHO C OeJlKOBOil oceBoi HHThIO. Kakmas xpomocoma oboumu
KOHLIAMU  TIPUKpeIUIeHa K sAepHOM  MeMmMOpaHe € [OMOLIbIO
CIENNATU3UPOBAHHON CTPYKTYPHI, Ha3bIBAEMOIl NMPUKPEIHTEILHBIM AUCKOM.
XoTd Kaxzaas XpoMOCOMa YK€ PpEIUIMIUpOBaNach M COCTOMT U3 JBYX
CECTPHHCKHX XPOMATHUJ, 3TH XPOMATH/IbI OUYCHb TECHO CONIKEHBI, H OITOMY
Ka)XAask XpPOMOCOMa KaXeTCsl OJHHOYHOH (OTHENbHBIC XPOMATHIBI HE
pa3MYUMBI BIUIOTH 10 MO3JHEH mpodasbl - 10 CTaAWM JUILUIOTCHBI WM
JIMaKUHE3a)

3UI'OTEHA. MomMeHTOM THepexoja JIENTOTEHbl B 3UTOTEHY
CUNTAIOT HAYalO0 CHHAICHCA - TECHOH KOHBIOTAlUM JBYX T'OMOJIOTOB.
Konsbloranus 4acTo HauMHAETCS C TOTO, YTO TOMOJIOTHYHBIE KOHIBI IBYX
XPOMOCOM COMIDKAIOTCS Ha sAePHOM MeMOpaHe, a 3aTeM MPOLEeCC COCAUHEHUS
TOMOJIOTOB PacHpOCTpaHsIeTCsl BAOIb XPOMOCOM OT 000HX KOHIIOB. B npyrux
ClIy4asiX CHHAIICHC MOXKET HAYMHATHCSA BO BHYTPEHHUX Y4acTKaX XpOMOCOM U
MPOAODKATECS IO HAMpPaBICHHIO K HX KOHIAM C TEM K€ KOHCUHBIM
pesynbratoM. Kak monararor, Kaxuplif TeH NPUXOAUT B CONPHKOCHOBEHHE C
TOMOJIOTHYHBIM €My TIeHOM JApyroil xpomocombl. Korma romonoru
KOHBIOTHUPYIOT, MX OCJIKOBBIE HUTH CONMKAIOTCS, 00pasysi IBa OOKOBbIX
oleMenma  JUIMHHOTO — OOpa3oBaHHs, HAalOMHHAIOIIETO JECTHHIY U
Ha3bIBAEMOTO CUHANMOHEMANbHbIM Komnaekcom. Kaxmyio mapy XpoMocom,
obpazoBasiytocs B | mpodase meiioza, 00BIMHO HA3bIBAIOT OMBAJICHTOM; HO,
IIOCKOJIbKY KakJasi TOMOJIOTHYHAs XpOMOCOMa IIapbl COCTOUT H3 JIBYX TECHO
COJMKEHHBIX CECTPUHCKUX XPOMATHJ, IJIsl KaXKJOM mapsl OOJblIE MOAXOIUT
Ipyroe Ha3BaHUE mempaoa

ITAXWTEHA. Kak TOJIBKO 3aBEpILAETCsl CHHAIICUC IO BCEH IJIMHE
XpOMOCOM, KJIETKH BCTYNAIOT B CTAJUIO IAXUTEHbI, HA KOTOPOH OHM MOIYT
ocTaBaThbCs HECKOJIIBKO CyTOK. Ha 92Toi craguum B TPOJOIBHON Ienu
CHHAIITOHEMAJIbHOTO KOMIUICKCA IOSBIIIOTCS KPYIHBIE peKOMOUHAYUOHHbIE
y3eaKu, KOTOPbIM HPHITHCHIBAIOT BaXHYIO POJIb B OOMEHE y4acTKaMH MEKIY
xpoMocoMaMH. Takue OOMEHBI NPUBOAAT K IEPEKPecTaM MEXIy IBYMs
HECECTPUHCKIMH XPOMAaTHIAMH: B OOMEHAX y4acTBYeT II0 OJHOH XpoMaTujie
U3 JIByX CIIApEHHBIX XPOMOCOM. B maxuTeHe mepekpecTsl elle HE BH/HBI, HO
MO3JHEE BCE OHU MPOSBILIOTCS B BUIC XHA3M
JUTTJIOTEHA. Craaus aumioreHsl B 1 mpodase Meiio3a HauMHaeTcs ¢
pasjielieHus] KOHBIOTHPOBABIIMX XpoMocoM. CHHanTOHEeMasbHbIH KOMILIEKC
pacmazaeTcsi, 4To MO3BOJISAET JBYM T'OMOJIOTUYHBIM

Puc. 15-18. CxeMbl, MOKa3bIBAIONIME BUUMBIC H3MCHEHHUS BYX
TOMOJIOTHYHBIX XPOMOCOM Ha NPOTshKeHHU Meio3sa. IIpescrapieH xon
COOBITHII B KJIETKaX MJICKOIMHUTAIOIIHX, XOTS BECbMa CXOIHYIO KapTHHY
MO’KHO HAaOIIONATh U B KJIETKAX MHOTHX APYTHX OPTaHU3MOB. A - IISTh

craauii nepBoii mpodassl Meiio3a (A); b - nociexyromue ctaguu Meiiosa.
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W UMTOKWHES

XpoMocoMaM OHBaJieHTa HECKOJIBKO OTOIABHUHYTHCS APYT OT Apyra. OfHAKO OHM BCE €Ie CBA3aHBI OJHOW MM HECKONBKHMH XHAa3MaMH, T. €. MECTaMH, I
HPOM30IIEN KPOCCHHroBep. B oomurax (pa3sBuBaromuxcs sSiLEKIeTKax) AWUIUIOTEHA MOXKET PACTAHYThCS HAa MECALBl WIM TOJBI, TaK KaK MMEHHO Ha 3TOH
CTaMUd XPOMOCOMBI KOHAeHcupytorcs u cuntesupyor PHK, obecrneunBas silekiaeTKky pe3epBHBIMM BelecTBaMH. B 0coOBIX CilydasX IUIUIOTEHHBIE
XPOMOCOMBI CTaHOBATCS HCKJIIOUHTEIPHO aKTUBHBIME B OoTHomeHHH cuHTe3a PHK; Takme XpoMocoMsl muna namnogeix wjemokx HaxomaT y ambuoObuili u
HEKOTOpBIX Apyrux opranu3moB JJUAKMHES. [lumioreHa He3aMeTHO NEPEXOUT B JUAKHHE3 - CTAAUIO, IPEALICCTBYIONIYI0 MeTadase, KOraa IpeKpanaeTcs
cunre3 PHK 1 XpoMocOMbI KOHICHCHPYIOTCS, YTOJIIAIOTCS U OTACISIOTCS OT siACpHON MeMOpaHbl. Terephb SICHO BUAHO, YTO Ka)KABIH OMBAJICHT COOCPKUT
4eThIpe OTACNbHBIC XPOMATHIBI, HPHYEM KakAas Hapa CECTPHHCKHX XPOMATHJ COEAMHEHAa LEHTPOMEPOHl, Torja KaK HECECTPHHCKHE XPOMATHBL,
HpeTepIeBIINe KPOCCUHTOBED, CBA3aHbl XHa3MaMHu. [locie okoHYaHUs JUIMTENbHOH 1podassl | 1Ba sIepHBIX AeneHus 6e3 pa3aelsIolero uxX nepuojia CHHTE3a
JHK noBomar mpouecc Meio3a 10 KOHIA. DTH CTaauH OOBIYHO 3aHUMAIOT He Gonee 10% Bcero BpeMeHH, HEOOXOAUMOTO ISl MeH03a, U OHH HOCST TE K€
Ha3BaHUs, YTO M COOTBETCTBYIOLIME CTaJUM MUTO3a. B ocTaBIeiics yacTu nepBoro JeieHus Meiosa pasnuyarot meradasy I, anadasy I u Tenodasy 1. K xonmy
HIEPBOTO JENCHUS XPOMOCOMHBIH HabOp peaylupyercs, NPeBpalIlasch U3 TETPAILUIOMIHOTO B JIMIUIOMIHBIN, COBCEM KaK IIPU MUTO3€, U M3 OINHOH KIETKH
obpa3syrorcs JBe. Pemaroiiee pasnuuume COCTOUT B TOM, YTO IPH HEPBOM AEIECHMM MeHo03a B KaXIYI0 KIETKY IONANAIT 06e CECMPUHCKUE XPOMAMUObL,
COC/IMHEHHbIE B O0NACTH LIEHTPOMEpBI, a MPU MHUTO3E - JIBE pa3AeiuBILMEcs Xpomaruisl. Jlanee, mocie KpaTkoBpeMeHHOM uHTepdasbl II, B koTopoit
XPOMOCOMBI HE yIBaHBAIOTCS, OBICTPO MPOUCXOIUT BTOpOe AeieHue - npodasa I, anadasa II u tenodaza II. B pesynbrare U3 Kaxaol AUIUIOUAHON KICTKH,
BCTYIHUBILEH B Mei03, 00pa3yloTcs YeThIpe IaluIOUAHBIX SApa.
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MMEK MK XPOMATHA
0T KK BAMHDE LENDE

1NEYN CECTPUHCKIAX
XPOMATWA OTAENRKITCA
v APYT OT APYTA
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bl I NPoTHED
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Puc. 15-19. CpaBHeHHEe MEXaHU3MOB
YHOPSIIOYEHHOTO PACIIOI0KEHHS
XPOMOCOM B MeTaase U NX PACXOXKACHHS
B aHa(ase [P HepBOM U BTOPOM
JeneHusx Meitoza. Bo BTropom penenun
HCIIOJIB3YIOTCS T€ JKE MEXaHU3MBI, 9TO U B
00b19HOM MHUTO3€E (CM. T1. 13).
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U LEHTPOMEPHI B OOBIYHOM MHTO3€. Y MyTaHTHBIX OPraHM3MOB C MOHM)KCHHOH YacTOTOI KPOCCHHIrOBepa B
Meifo3e y OT/JE/NbHBIX Iap XPOMOCOM OTCYTCTBYIOT XHa3Mbl, U TAKHE XPOMOCOMBI HE CIIOCOOHBI HOPMaJIbHO
pacxoauTecs. B pesynbrate 3HaYMTENBbHAS OIS OOpPa3yOMIMXCS IAMET COACPXKHT CIMIIKOM MHOTO HIH
CJIMIIIKOM MaJIO XPOMOCOM - IIOCJIEHHIT CITydaii CITy)KUT IPUMEPOM HEPACXOXKACHHS XPOMOCOM.

CyILIecTBYIOT 1O MEHBIICH Mepe [Ba BaXHBIX PasiInuMsi MEXKIY MEXaHH3MAMU PACXOXKICHUS
XPOMOCOM B OOBIYHOM MHUTO3€ U IIPU [EPBOM JCICHUH Meio3a:

1) ecnu npu MUTO3e HHMTH BEpETCHA, NPUKPEIUICHHbIE K KHHETOXOpaM [BYX CECTPUHCKHX
XPOMATHJI, OTXOMAT B IIPOTHBOINOJIOKHBIX HANPAaBJICHHUSX, TO B EPBOil MeTadase Meio3a 3TH HUTH Y 00eHX
CECTPUHCKUX XPOMATH OTXOJAT B OJTHOM U TOM JKe HampasieHuu (puc. 15-19);

2) mpu MHTO3¢ PacXOKJICHHE XPOMATHA K IIOTIOCaM WHULIUHPYETCs OTAENCHUEM OPYT OT Apyra
CECTPUHCKHX KHHETOXOPOB (Tak HaumHaeTcs aHadasa, pasa. 13.5.7), Torma kak B mepBoil aHadase Meiiosa
9TO JBIKCHHE, MO-BHANMOMY, HAUMHACTCS B PE3yJIbTATe MCYC3HOBCHMS MO M3YYCHHBIX CHII, KOTOPBIC
YICPIKHBAIOT IUICYH CECTPHHCKUX XPOMATH B TECHO CONIIKEHHOM COCTOSIHHH, YTO B CBOIO O4Yepe/b BEIeT K
pacniajzy XuasM, CBS3BIBAIOIIMX MAaTEPUHCKUE U OTLIOBCKUE XPOMOCOMBI (cM. puc. 15-9). Oto HE TONIBKO
[03BOJIICT OOBSCHUTH TOT (PAaKT, YTO y MHOTHMX OPraHM3MOB XHa3Mbl HEOOXOAMMBI Il HOPMAIbHOTO
PAacIIONIOKEeHHSI XpOMOCOM B MeTadase I, Ho 1 JaeT oTBeT Ha BOIIPOC, OYEMY Y XPOMOCOM, 00pa3yIoIIHXCs B
aHadase I, ey CECTPMHCKMX XpOMAaTh[ OOBIKHOBEHHO HE CIMMAIOTCS, YTO MPHAACT MM HEOOBIYHBII
«pa3BEPHYTHIN» BUJ U JIENIACT UX MOX0KHUMH HA MUTOTHYECKUE XPOMOCOMBI (puc. 15-19).

15.2.6. PacxoxaeHue moioBbIxX XPOMOCOM TOkKe of0ecnevyHBaeTcsl UX KOHbIOTalUel

MEI OOBSCHWIN, KaKUM O00pa3oM KOHBIOTAIMS I'OMOJIOIHYHBIX XPOMOCOM OOYCIIOBIMBAET HX
pacxoxJeHUe B JBE JoYepHHE KIETKH. Ho kak OOCTOHMT [eno C IOJIOBBIMH XPOMOCOMAaMHM, KOTOpbIC Y
CaMI[0B MJICKONHUTAIOIINX HE TOMOJIOTUYHBI? Y CAaMOK HMCIOTCS ABE X-XPOMOCOMBI, KOTOPbIE KOHBIOTUPYIOT
1 PacXOMATCs TaK XKe, Kak Apyrue romonord. OHaKo camiibl 001a1at0T 01HOH X - U 0JHOH Y-XpOMOCOMOIA,
U 3TH XPOMOCOMBI JIOJDKHBI KOHBIOTMPOBAaTh BO BpeMs IMepBOoi MeTadasbl, 4TOOBI CIIEPMATO30UJIbI
coaepskanu oo X -, 1ub0 Y-XpoMocoMy, HO HCKITIOHAIOCh HAJIMYKME MM OTCYTCTBHE B HHUX Cpa3y 00eux
MIOJIOBBIX XpoMocoM. TpeOyemasi KOHBIOralys CTAaHOBHUTCS BO3MOXKHOM OJaroiapsi HaIMYHIO HEOOJBLIOrO
y4acTKa Ha KOHLE KaKJOH M3 3THX XPOMOCOM, IJI¢ MEKIY HHMH HMEETCS TOMOJIOTHS; 3Ta TOMOJOTHS
MO3BOJISIET MOJOBBIM XpoMocoMaM X U Y cHapuBaThCsi BO Bpems nepBoid mpodassl Meiioza (puc. 15-15, B).
TakuM oOpa3oM, rapaHTUpyeTcst KOHbIoranus X- U Y-XpoMOCOM M 00pa3oBaHHE CIIEPMHEB TOJBKO IBYX
THIOB: OIHU COAEPKAT Y-XPOMOCOMY M Jal0T Hayajio 3MOPHOHY MY’KCKOTO 11071a, a APyrue - X-XpoMOCoMy
U JAIOT HA4aso SMOPHOHY JKEHCKOTO MOJIa.

15.2.7. Bropoe aejienne Meii03a HAMOMHHAET OOBIYHBII MUTO3

Meiio3 COCTOMT W3 IBYX HOCJIEHOBATENbHBIX KICTOYHBIX JCICHHI, NEpBOC M3 KOTOPBIX MJIHUTCS HOYTH
CTOJIBKO K€, CKOJIBKO BECh Meii03, U ropasno cioxsee Broporo (puc. 15-20). Ilepoe nenenue otinnyaercs
PAIOM YHUKAIBHEIX ocobeHHocTeil. Hanpumep, permkanus IHK Bo Bpemst moxroroBurensHOH dassl S,
KaK IpaBHIO, 3aHMMAaeT 3HAYUTENLHO OOJIbIIE BPEMEHH, 4eM Ipu MuTo3e. Kpome TOro, KIETKH MOTyT
npeObIBaTh B CTAIUK MEHOTHYECKOW mpodasbl | HECKOIBKO AHEH, MECSLEB H JaXKe JIeT, B 3aBUCHMOCTH OT
BHJIa OPraHN3Ma | THIa obpasyromuxcs ramer. (Ota
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cTajauii Melo3a, IpeaCTaBIEHHEIX Ha puc. 15-18.
IToka3aHbl IpUMEpHBIE BpEMEHHbIE HHTEPBAIIBI IS
caMIja MIICKOIMTAOUIEro (MBIIIH) U PACTEHUS
(JtusMuK). DT MHTEPBANIbl PA3IMYHBI JUIs )KEHCKUX U
MYXKCKUX raMeT (ML ¥ CIIEPMHEB) OJJHOTO M TOT'O XKe
BUJIA ¥ AT ONMHAKOBBIX FaMeT Pa3HbIX BHIOB.
Hanpumep, Meiio3 y My>X4nHbl Anurcst 24 i1, a y
camua Mblny 12 gaeit. OJiHaKko BO BCEX ClIydasx
npodasa nepBoro AeneHus Meiio3a HaMHOTO
IIPOJOJDKHUTENbHEE, YeM BCEe OCTANIbHBIE CTaJHH,
BMECTE B3SThIC.
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pacTsHyTas (aza NepBoro NeleHWsl Meio3a TPaAULMOHHO Has3blBaeTcs mpodasoil, XoTs oHa
obnagaer 6oJbINM cX0AcTBOM C (a3oii G, OOBIMHOrO MHTO3a B TOM OTHOLICHHH, YTO SACPHAS
000/I04Ka OcTaeTcss BCe BpeMs HHTAKTHOH M HCYe3aeT JUIIb TOTZAA, KOTJa HAYMHAETCS
(opMHpOBaHHE HUTEH BepeTeHa, T.¢. Korja npodasa I nepexonur B meradasy 1.)

ITocne oxoH4aHUs IIEpBOrO JeleHHMs MeHo3a y JABYX [OYEpHUX sjep BHOBb
00pa3yroTcst 000JI04KH ¥ HAUMHACTCSL KOPOTKas uHTepdasza. B 3To BpeMs XpOMOCOMBI HECKOJIBKO
JeCUPAIN3YyIOTCsl, OJHAKO, BCKOPE OHH OMSATh KOHICHCHUPYIOTCS M HauumHaercs npodasza II.
Ilockonbky B sToT mepuon cunresa JIHK He mpoumcxomut, co3faercs BHEYATIEHHE, YTO Yy
HEKOTOPBIX OPTaHH3MOB XPOMOCOMBI IEPEXOIST HEHNOCPEACTBEHHO OT ONHOTO MOENCHHS K
npyromy. Ilpodaza II y Bcex opraHm3MoB KOpOTKas: siiepHas 00O0JOUYKa paspymiaercsi, Korjaa
(opMHpyeTCs HOBOE BEPETEHO, MOCIE 4ero, ObICTPO CMEHsst APYT JApyra, ciaeayioT meradasa II,
anadasza II u tenodasa II. Tak ke Kak ¥ IPH MHUTO3€, Y CECTPHHCKHX XPOMAaTH[ 00pa3yloTcs
KUHETOXOpHbIE HHUTH, OTXOJSIINE OT LEHTPOMEpPHl B IIPOTHBOINOJIOKHBIX HAlpaBICHUSIX. B
MeTada3HoOM IIIACTHHKE JIBE CECTPUHCKUE XPOMATH/Ibl YICPIKUBAIOTCSA BMECTE 10 aHada3bl, Koraa
OHHU pa3/ieNIIoTCs Oaroapsi BHE3AIHOMY PACXOXKICHUIO UX KUHETOXOpOB (puc. 15-19). Takum
o0pa3oM, BTOpoe JieJIeHHe Melo3a CXOHO C OOBIYHBIM MHTO30M (3TOTO HEJNb3sI CKa3aTh O IIEPBOM
JeneHuH Meifo3a). EAMHCTBEHHOE CyIIECTBEHHOE Pa3IHINe COCTOUT B TOM, UTO 3/1€Ch UMEETCS 10
OHOM KOMMHU Ka)KJJOH XPOMOCOMBI, a He I10 JIBe, KaK B MUTO3€.

Meito3 3akaHumBaeTcsi (OPMUPOBAHHEM SIEPHBIX OO0OJOUEK BOKPYT HYETHIpeX
rariouaHbIX saep, oOpaszoBaBuxcs B tenodase II (cm. puc. 15-18, b). Kak Mbl yBumuMm, y
MO3BOHOYHBIX K KOHITy Meifo3a siIleKIeTKa y»Ke MONHOCThIO chopMHpOBaHa (a B HEKOTOPBIX
CIIy4asix U OIUIOZOTBOPEHA), TOTa KaK CIEPMHII eIlie TOJIbKO HauiMHAeT CBOE pa3BUTHUE.

3akiaouenue

IIpu metiose 6 pesynomame 08yx nOCIE008AMENLHBIX KIENMOUHBIX OeleHUll, CIeOYIOUWUX
3a 00HUM yukiom pennuxayuu JJHK, u3 00HOU OuniouoHou Kiemku 00pazyiomcs uyemvipe
2annouonvle. Y JICUBOMHBIX HAUATbHBIE (Pazbl POPMUPOBAHUA AUYEKIeMKU U CRepMAIMo30Uda
cxoomvl. B oboux cnyuasx ¢ meiioze domunupyem npogasa I, komopas mooxcem 3anumams 90%
6ce20 epemeHu Melio3d. B smom nepuod Kaxicoas XpomMocoma cocmoum u3 08yX MecHoO
cOnudIceHHbIx cecmpuHckux xpomamuo. Kpoccunzoeep (nepexpecm) medcoy Xpomocomami
ocywecmengemcs Ha cmaouu naxumenvi € npogase I, Ko20a KOHwio2ayus KaxXCOOU Napul
20MONIO2UYHBIX XPOMOCOM 3AKPENACmcs CUHANMOHEMAlbHbIM Komniekcom. Kax nonazaiom,
KadicOblll nepekpecn npoucxooum npu Y4acmuu KpYHnHO20 pPeKOMOUHAYUOHHO20 Y3elKa u
npueooum K obpazoeanuio Xuasmvl, coxpansiowjeics eniomv 0o auwagasvl I. B pesyrbmame
nepeoco Oenenusi Metlosa 6 Kaxcoylo 004epHIO KIemKy nonaodaem no OOHOU XPOMOCOMe U3
Kadxicooll napvl 20MOJ0208, COCMOAWUX 6 MO BDEMA U3 COCOUHEHHBIX CECINPUHCKUX XPOMATUO.
3amem 6e3 pennuxayuu JJHK 6vicmpo npomexaem emopoe Oenenue, npu KOMOpPOM KadicOds
CeCMPUHCKAsL XPOMAmMuoa nonaoaem 8 OmoeibHyio 2aniouOHyIo Kienky.

15.3. "'ameTnl [9]

VY 5MOpHOHOB BCeX IIO3BOHOYHBIX HA paHHEHl CTaAMH pa3BHTHSA OIpPEICICHHBIC KICTKU
000COOJISIOTCST KaK MPEAIIECTBEHHUKH OyaylMxX ramer. Takue mepBHYHBIE TOJIOBBIE KJIETKH
MHIPHUPYIOT B Pa3BHBAIOIIUECS] TOHAIbI (AMYHUKH Y CAMOK, CEMEHHHKH y CaMIOB), Ille I0CIe
MeproAa MUTOTHYECKOTO Pa3sMHOXKEHHs HpeTepreBaioT Meiio3 u auddepeHnupyIoTcs B 3pesie
rameTsl. 3aTeM CIUSHUE SHLEKIeTKH U CIIEPMUs [IOCIIe CIIapUBaHUs MHULIUH-
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PYET MpOoLece Pa3BUTHS SMOPHOHA, Y KOTOPOT0, B CBOIO O4Yepe/ib, (HOPMHUPYIOTCS ICPBUYHBIC ITOJIOBBIC KICTKH, T. €. OTKPHIBACTCS HOBBII LIUKII.

Iloxa He sICHO, MO KaKOW HWMEHHO NPHYMHE OIpENeICHHbIC KJICTKH Y 3apOAblia MIICKOIHTAIOLIEr0 NPEBPALIAIOTCS B IIOJOBBIC KIETKH, HO
U3BECTHO, YTO, IO KpaiHeHl Mepe, y OJHOrO OpraHu3Ma ONPEACISIONMM (HaKTOPOM CIY)KHT KaKOH-TO KOMIIOHEHT (MM KOMIIOHEHTHI) LIUTOILIA3MBI SHIA: Y
npo3oduIel criermduyeckas 00671acTh LUTOILUIA3MBI - NOJAPHAS NAA3MA, PACIIONOKCHHAS HAa 3aHEM IIOJIIOCE SIilla, - COACPKUT MEIKHUE IPAHYIIbI, OOraTsie
PHK (noaspnvie epanynvi); xneTku, 00pa3yronuecs: B 3TOM 4acTH sila ¥ CoeprKaIlie MOJSIPHBIC TPAHyJIbl, CTAHOBSITCS IIEPBHYHBIMHU ITOJIOBBIMH KJICTKaMH U,
B KOHEYHOM CYETE, MUTPUPYIOT B TOHAMBI, IJIC U3 HUX Pa3BUBAIOTCS raMeThl. Eciu moysipHyro mi1a3My BBECTH B IEPEIHMIT MOIIOC Aila, TO KICTKH, KOTOPbIC
JIOJDKHBI OBUTH CTaTh COMAaTHYCCKHMH, IIPEBPATATCS B [OJIOBBIC.

15.3.1. Y BbICHINX ;KMBOTHBIX fiflIeKJI€TKA 3TO eTHHCTBEHHAS KJIETKA, U3 KOTOPO# MOKeT Pa3BUTHCS HOBasi 0c00b

Ilo xpaiineit Mepe, B OZHOM OTHOLICHUH STHIEKJIETKH - CaMble YAUBUTEJIBHBIC U3 BCEX JKMBOTHBIX KJIETOK: OYAy4YH aKTHBHPOBAHbBI, OHH MOTYT
J1aTh HA4aso IeJIOMy HOBOMY OpraHU3My, IpH4eM HHOTJA AJIA 3TOTr0 AOCTATOYHO HECKONIBKHX IHEH MM Hellelb. Y BBICIIHX XHUBOTHBIX 3TO MCKIIOYHUTEIbHAS
MPUBUJIETHS SHIEKJIETOK. AKTUBAINS OOBIYHO SBILIETCS CIIEICTBHEM CIHSHHUS SHIEKISTKH CO CIIEPMUEM IIPU ONI1000ME0peHUl, XOTs, KaK MbI IO3Ke YBUIHM,
BO MHOTHX CIIy4asX SHIEKJIETKY MOXKHO aKTUBHPOBATh WHBIMHM, 3a4acTyIO ITOPA3UTENBHO MPOCTHIMU criocobamu (cM. pasn. 15.4.3). AxTuBanus sHLEKIETKH
3aIlyCKaeT NPOrpaMMmy pa3BUTHS, IOCTEIEHHOE Pa3BEPTHIBAHUE KOTOPOI MPUBOAUT K 00Pa30BaHUIO HOBOW 0COOU.

VY GoNBIIMHCTBA JKMBOTHBIX, HE OTHOCSIIMXCS K MJICKONUTAIOIVM, PAHHUH JTall Pa3BUTHS SHIEKIETKA CBOAUTCS IJIABHBEIM 00pa3soM K psty
OBICTPBIX KJICTOYHBIX AEICHUH, MM Opobienuio, TP KOTOPOM 00IIas Macca SMOPHOHA OCTaeTCs, KaK IpaBUIIO, HEM3MEHHOI. B nponecce apobienus siina
o0pa3syromuecss KJIETKUH MOCTEIEHHO CTAHOBSTCS BCE MEHBILE, IOKa HE JOCTHTHYT OOBIYHOM BEIMYHMHBI 3PEJIOW COMATHYECKOM KIETKH. XOTS Ha paHHHX
CTaausX IPOOIICHUS CHHTE3UPYIOTCs orpoMHble konmmdectsa JIHK u Genkos, B 910 Bpems HeT HeobxoaumoctH B cunre3e PHK (B Tpanckpuniu reHoB). 910
OOBSICHSETCS] TEM, UTO €Ile 0 OIUIOAOTBOPEHUS B KIETKAaX HAKaIUIMBAIOTCS OrpoMHbIe pe3epssl nHbopMmanuonusix PHK, pudocom, Tpancnoptasix PHK u
BCEX MPEIECTBEHHUKOB, HEOOXOJUMBIX JJIsl CHHTE3a MaKpOMOJIEKY, a Takke 0coObix nHpopMannonHsix PHK, koaupyromux 6enku, KOTopble HE0OX0AUMBI
JULSL IPOTEKAHHS PAHHUX CTaIUH pa3BUTHUSL.

Oco0eHHO OoNbIIMe 3amachl MUTATENBHBIX BEIIECTB TPEOYIOTCS TeM SHLEKIETKaM, KOTOpbIe NMPOXOMAT JUIMTEIBHBIA MepHo] IMOPHOHAIBEHOIO
Pa3BUTHs BHE POJAUTENHCKOIO OPraHU3Ma; B CBSI3U C OTUM SiIa 3¢ MHOBOAHBIX U ITHI] 3HAUYUTEIBHO KpYIHEE, YeM, HaIpUMep, SIMIEKIEeTKU MIEKOIUTAIOINX.
IIpecHOBOHBIE M MOPCKHE OECIIO3BOHOYHEIE, PAa3BUBAIONIMECS U3 HEOONBIIMX SHIEKIETOK BHE POAUTEIBCKOTO OpraHM3Ma (Takue, Kak MOPCKHE €XH),
00BIYHO OBICTPO MPEBPALIAIOTCS B CIIOCOOHBIX K CAMOCTOSTEILHOMY ITUTAHHIO IMYUHOK.

Bo B3pocioM opranusMe U3 SAHLEKICTKH MOXKET o00pa3oBaThcsl KiIeTka rob6oro Tuma. TeM He MeHee, €€ OTHIONb HENb3s CUUTATh
HemuddepeHnupoBanHol KieTkoil. OHa B BBICIICH CTENEHH CHELUAIM3MPOBAHA JUIS BBIIOJHEHUS OJHOM-€IMHCTBEHHOH (YHKUHMM - MOCTPOCHMS HOBOM
ocobu. IIpexze ueM ob6cyxkaaTh BOIPOC O TOM, Kak NMPOTEKAET PAa3BUTHE SHLEKIETKH 0 TOrO MOMEHTA, KOIJla OHa CTAHOBUTCS TOTOBA K OILIOJOTBOPEHHIO,
PaccMOTPUM BKpATIie HEKOTOPhIE U3 €€ YHHKAJIbHBIX 0COOCHHOCTEH.
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15.3.2. SliiunexkyeTKH NPeICTABJSIOT CO00H BHICOKOCIEIHATU3MPOBAHHBIE KJIETKH, CIIOCOOHBIE K HE3aBUCUMOMY Pa3BUTHIO

H o0J1ajaoue 00JbIHMH 3aIACAMHU MUTATEIbHBIX BellleCTB U COBepIIeHHOH 000/10uKoi [10]

Hanbonee oueBuHas OTINYUTENbHAS YepTa IHIEKICTKH - 3TO ee Ooblne pa3Mepbl. THIMYHAS SiIeKIeTKa HMeeT CHepHIECKYIO WIH OBAIBHYIO
dbopMy, a AuaMETp e€e COCTaBIsIET y YeJOoBeKa M MOpCKOro exa okoyio 100 MkM, y ssrymek u pbid o 1 10 2 MM, a y OTHI] U PENTHIMH H3MEpSAEeTCs
CaHTHMETpaMH (HAIIOMHHUM, YTO BEJIMYMHA THIIMYHON COMAaTHYECKOW KIJIETKU BCEro JHIIb 0KoJ0 20 MkM) (puc. 15-21 u 15-22). Ctonp e BHYIIMTEIbHBIMU
MOTYT OBITH pa3Mephl Aapa; HaIpUMep, B siilie JryIKH BearmauHoi 1500 MxM auamertp sipa coctaBisieT okono 400 MKM; B IIpeiiBepHH OBICTPBIX JCICHHIA,

CIIEAyIOMUX Cpa3y 3a OIUIOJOTBOPEHUEM, B TAKOM sIIpE OTKJIAABIBAIOTCS 3aIachl OEIKOB.
IToTpeOHOCTH KIIETKH B MHTATENBHBIX BEHIECTBAX YIOBJICTBOPSACT B OCHOBHOM JKEITOK - MaTepHal HMPOTOIUIa3MBbl siilia, OOTaThI JHIHIAMH U

6enkamu. OH 0OBIYHO COREPIKUTCS B UCKPETHBIX 00pa30BaHUSX, HA3BIBAEMBIX JCEINMOYHbIMU 2panyiamu. B siieKneTkax, pa3BUTHE KOTOPEIX IPOTEKAaeT BHE
MAaTepUHCKOTO OpPraHu3Ma M IPHBOAUT K (OPMHPOBAHUIO KPYNHBIX >KHBOTHBIX, JKEJITOK MOXKET 3aHHMAaTh Oomee 95% Bcero obGbema, Torja Kak y
MIICKOITUTAIOIINX, YbH YMOPHOHBI IIOTYYal0T OONBIIYIO YaCTh MHTATEIbHBIX BEIIECTB OT MaTepH, 00BEM JKEITKa COCTAaBIACT MeHee 5% 00beMa SIHIIeKICTKH.
Jlpyroii BaxxHOH crenu(pUIecKoil CTPYKTYpOil SHIEKIeTKH sABISIETCS Hapy)XKHasl siileBast 000J104Ka IOKPOB H3 0COO0r0 HEKJICTOYHOTO BEIECTBa,
COCTOSILLIETO B OCHOBHOM M3 IJIMKOIIPOTEMHOBBIX MOJIEKYJI, YaCTh KOTOPBIX CEKPETUPYET caMa SHLEKIETKa, a APYTYIO 4acThb - OKPYIKAIOIUE KIETKH. Y MHOIMX
BUJIOB 000JIOYKA UMEET BHYTPEHHUH CIIOW, HETOCPEACTBEHHO MPUIICTAIOIIMN K IIA3MaTHYECKOH MeMOpaHe SHLEKICTKH M Ha3bIBAeMbIH Y MIICKOITUTAIOIINX
zona pellucida (puc. 15-23), a y Apyrux mo3BOHOYHBIX ¥ OECIIO3BOHOYHBIX (HAIIPUMEpP, Y MOPCKOTO €Xa) - BUTEJNIMHOBBIM CJ10€M. DTOT CJIOW 3alIMIIACT
SHLEKIETKY OT MEXaHHYECKHX IIOBPSKICHHH; B HEKOTOPBIX SHICKIETKAaX OH JeHCTBYyeT Takke Kak Buaocrnenuduueckuii Oapbep Uil CIEpPMHEB,
MO3BOJISIFOLIMH HPOHUKATH BHYTPb TOJBKO CIIEPMHSM TOTO K€ BHJA WIM OYCHb OJIM3KUX BUAOB (CM. pasd. 15.4.2). V XKMBOTHBIX, HE OTHOCSIIUXCS K
MIICKOITUTAIOIINM, COCEJHUE KIETKH 4YacTO BBIIEISIOT N00aBOYHBIC OOONOYKH, ITOKPHIBAIONINE BHTEIUIMHOBBIN cioi. Hampumep, korga sifma JISTymIku
NPOXOJAT U3 SMYHHKA MO sifeBony (TpyOKa, IO KOTOPOIl siiiIia BEIBOAATCS HApYyXKy), UX 000JI0YKa HMPHOOPETACT HECKOJIBKO JOIOJHUTEIBHBIX CIOCB H3
CTyOHEOOPA3HOTO BELIECTBA, BBLACIEMOrO SMUTEIHAIBHBIME KICTKAMH SHIEBOJA. AHAIOTMYHEIM 00pa3oM y KypHHOTO SIHIA IIPH MPOXOXKACHUH €ro II0
siieBoy (TOCIe OIUIOJOTBOPEHHUS) MOSBILIIOTCS «OEIOK» M TBEepJas CKOpJIYIA, TOrJa Kak sifl[a HACeKOMBIX HMOKDBIBAIOTCS TOHKOI IPOYHOI 0OOIOUKOIM,

HOJyYMBIICH HAa3BaHUE XOPUOHA U BBIICISACMON (PONNUKYAAPHBIMU KIEMKAMY, OKPYKAFOIIMMH KaXJ10€ SHLIO.
MHorue SHIEKIeTKH (B TOM YHCIE U SIHIIEKICTKH MICKONUTAIOMNX ) COASPIKaT CIICIUATN3HPOBAHHBIC CEKPETOPHBIC ITy3bIPHKH, HAXOMAIINECS MO

TIa3MaTHYECcKOi MeMOpaHoW B Hapy)KHOM, MJIM KOPTHKAIBHOM, CJIO€ IUTOILIasMbl (puc. 15-24). Ilpu akTuBanmy siflieKIeTKH CIEPMHUEM 3TH KOPTUKAJIbHBIC
IPaHyJIbl BBICBOOOXKIAIOT COAEPKUMOE ITyTEM 3K30LIUTO3a, B PE3YJIbTATE CBOWCTBA AHIEBOH 00OJIOUKM U3MEHSIOTCS TAKMM 00pa3oM, YTO 4yepe3 Hee yxke He

MOT'YT IPOHHKHYTb BHYTpb SIUIEKICTKU Opyrue cuepMuH (cM. pasn. 15.4.5).
B 10 Bpems Kak KOPTHKAIbHbIC IPAHyJIbI OOBIMHO PABHOMEPHO PACIIPEeNIeHbI BO BCEM KOPTEKCE SHIEKJICTKH, JPYTHe KOMIOHSHTHI IIUTOILIa3MBbI

MOTYT pacronararbcs Kpailne acumMmerpuyso. Hanpumep, B siiiie narymku
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Puc. 15-21. Tpu pa3nnuHbIX siila B HATYpaIbHYIO BEIHYUHY. JluamMeTp
SIAIEKIETKH ueaoBeka coctasiser 0,1 mm.
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Puc. 15-23. 4. MukpodoTorpadhun SinexIeTku
XOMSIYKA, ITOJIy9CHHBIE C IIOMOLIBO
CKaHUPYIOIIETO 3JIEKTPOHHOTO MUKPOCKOIIA.
Xopomo BugHa zona pellucida; va oo b sma
000J104Ka (K KOTOPOH MPUKPENHIOCH MHOTO
CIIepMHEB) YaCTUYHO OTOTHYTa M MOXKHO BUJIEThH
JIeKAIIYIO [0/ Heil MI1a3MaTHYeCKyI0 MeMOpaHy
SIILIEKIICTKH ¢ MHOTOYHCIICHHBIMU
mukpoBopcunkamu. (M. Pillips, J. Ultrastruct.
Res., 72, 1-12, 1980.)

CryneHuctan oBonoska

ButennwHoasli / T

cnon

Aapa Anrua

Mnasmaruyeckan

KopTukankHeie
memBpana

rpaHy el
Puc. 15-24. CxemaTuueckuii paspes siina
MOPCKOT0 €XKa; BUAHO PAaCIONOXCHHUE TPAHYII.
OO6paTnTe BHUMaHKE Ha TO, YTO BUTEITMHOBBINA
CJIOH TIOKPBIT CTYAEHUCTOH 000I0UKOH,
TOJII[MHA KOTOPOH JOXOIUT 10 30 MKM.
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OoJbINas 4YacTh JKEITKA HAXOJAWTCS HA OJHOM (BEr€TaTHBHOM) IIOJNIOCE, TOTAA Kak sApo
pacrionaraercsi OJvKe K NMPOTUBOIOJIOKHOMY (aHMMAJIbHOMY) moJjtocy. [lonspHOCTb sLIEKIeTKH,
KOTOpasi 3aBHCHUT TIJIABHBIM O0pa3oM OT BHCIIHHX YCJIOBHil, 4YacTO ONpEAeisieT MHOISIPHOCT
pa3BuBaromierocsi sMopuoHa (cM. pasz. 16.1.1).

15.3.3. situexJieTka NPOXoAUT B CBOEM Pa3BUTHH HECKOJbKO cTaauii [10,
11]

PasBuBaromascs siIekiIeTka Ha3bIBaeTCs OOLUTOM; ce auddepeHnupoBKa B 3pEIyIo
SIMIEKJICTKY (WIIH SIHI0), BKIIOYAIOIIasi B ce0s P BBICOKOCIICIHAM3UPOBAHHbIX CTAAUH, OTINIaeTCs
OT OOBIYHBIX KJICTOYHBIX LIMKIOB. MBI YK€ 3HAEM, YTO BMECTO TOTO, YTOOBI MPOAOIDKATH ACIUTHCS
MOCPEACTBOM OOBIYHOIO MHTO3a, HOJIOBBIC KJICTKH OCYLIECTBIIIOT [BA MOCICIHHX JACICHHS IIyTeM
Ooree CII0XKHOTO Iponecca-Meiios3a. boiee Toro, y 00IHuTOB BEIpabOTANNCH CHEIHAIBHBIC MEXaHU3MBI,
MO3BOJIAIONINE MM IPHOCTAHABIMBATL X0/ MeH03a: OOLUTHI HA JUIMTEIbHBIA EPHO 3aePIKUBAIOTCS
B mpodase 1, yBeqMIMBAsACh B 9TO BpeMs B pa3Mepax, a I0o3Ke OHH B IPEIBEPUH OILUIOJOTBOPECHHS BO
MHOTHX CIIy4asiX BDEMEHHO OCTaHABIMBAIOT CBOE pa3BUTHE Ha cTanuu MeTadassl 1.

XoTs JeTanu pa3BUTHs SHLEKIETKH (00reHe3a) Pa3IuyaloTcsl y Pa3HbIX BHJOB, OCHOBHBIE

cTaguu cXoAHbl (puc. 15-25). IlepBuuHbIC TOJIOBBIC KJICTKH MUTPHPYIOT B (JOPMHUPYIOIIYIOCS TOHALY
U TIpeBpamialoTCs B OOTOHWH; IOCIE IIepHOJa MHTOTHYECKOTO Pa3MHOXKEHHS OOTOHHU
JudepeHupyIoTcs B 00NUTHI MEPBOro MOPSAKA, KOTOPbIE NPHUCTYNAIOT K IIEPBOMY JAEICHUIO
meiio3a. IIpoucxomaut permukanus JHK, u kaxmas XpoMocomMa COCTOMT IOCJIE 3TOrO M3 JBYX
XPOMAaTH; TOMOJIOTHYHBIE XPOMOCOMBI KOHBIOTHPYIOT 10 BCEH CBOGH JUIMHE, I MEXy XpOMAaTHIAMU
CNApeHHBIX ~ XPOMOCOM  OCYIIECTBIsAeTCs ~ KpoccuHrosep. Ha  sroif  cragmm  mpodasa
MPHOCTAHABINBACTCA HA TO WIIH MHOE BPeMs, KOTOPOE MOXKET COCTAaBIIATH OT HECKOJIBKHX ITHEH 10
MHOTHX JIET B 3aBHCHMOCTH OT BHJa OpraHmisma. Bo Bpems 3Toii 3aTsHyTod mpocdassl (wiy, B
HEKOTOPBIX CIIy4asiX, IPYU HACTYIUICHHH IOJIOBOH 3PEIOCTH) OOLUTHI IIEPBOTO MOPsIKA TPHOOPETAIOT
Hapy>KHble OOOJOYKH H KOPTUKATbHBIC TPAHYNbl, HAKAIUIUBAIOT PHOOCOMBI, JKEITOK, ITIMKOTCH,
mununsl 1 uHbopMmanuonHylo PHK, koropas BHOCIENCTBHM HampaBisieT CHHTE3 OEIKOB,
HEOOXOAMMBIX JUISl PaHHHMX CTaJuii pocTa 3MOpHOHA M MOATOTOBKH K Pa3BEPTHIBAHMIO IPOTrPaMMBI
pa3BuTus. Bo MHOrHX oommTax Takas aKTHBHOCTb OTpakaeTcs Ha BHANUMOH CTPYKType Bce elle
CIapeHHBIX XPOMOCOM: OHH JACCIHPAIN3YIOTCS H 00pa3yloT OOKOBBIE IIETNH, IpHOOpeTas
XapaKTepHbI BHJ «JIaMIIOBBIX ILETOK», CBOMCTBEHHBIH XpOMOCOMaM, aKTUBHO OCYILECTBIISIONIMM
cunre3 PHK (cum. pasn. 9.2.4).
Crnenyromast ¢asza pa3BUTHsS, Ha3plBaeMas CO3PeBAHMEM SHICKICTKH, HAuYUMHACTCS JIMIIb C
HACTYIUICHHEM IOJIOBOH 3penocTu. Ilojx BiMsAHHEM TOPMOHOB (CM. HM)KE) IIPOMCXOAHUT IEpBOE
JIelieHHe Meio3a: XpOMOCOMBI CHOBAa KOHIEHCHUPYIOTCS, sfiepHas 000104Ka Hcye3aeT (3TOT MOMEHT
OOBIKHOBCHHO NIPUHUMAIOT 32 HAYaJlo CO3pEeBaHus), U B aHadase | perumnupoBaHHble TOMOIOTHYHBIC
XPOMOCOMBI PacXoJATcs B JOYEPHHE sJpa, KakA0€ M3 KOTOPHIX COJAEPKHMT TeHeph II0JOBHHY
HCXOJHOTO uHcla XpoMmocoM. Ho muromnasma AenuTcs OueHb HECHMMETPHYHO, TAK YTO K KOHILY
IIEPBOTO JIeIeHHS ITOTy4al0TCsl JBE KIETKH, PE3KO Pa3Indaloiecs 0 BeIMYHHEe: OfHA IpeCTaBlIcHa
MaJICHBKUM NOJISIPHBIM TeJbIIeM, a Jpyras - OONbIIMM OOHMTOM BTOPOTr0 MOPSAKA, B KOTOPOM
3aJ10)KeHBI BCE BO3MOXKHOCTH JUIs pa3Butus. Ha
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Puc. 15-25. Paznuunble ctaquu ooreHesa. 113 nepBUYHBIX MOJIOBBIX KJIETOK, MUTPUPYIOLIMX B IMYHUK HA paHHEW CTaJuy SMOPHOTeHE3a, Pa3BUBAIOTCS
ooronuH. Ilocie psra MUTOTHYECKHX JIEJIEHHI OOTOHMH IIPUCTYNAIOT K IEPBOMY JIEJIEHHIO Mei03a, M Ha 9TOM CTaJuH X HAa3bIBAIOT y’Ke OOLIUTaMHU NIEPBOTO
HOpsiAKa. Y MIIEKONHUTAIONINX OOLUTHI IEPBOTO MOPsIKa GOPMUPYIOTCS OYCHb PAHO U OCTAIOTCS HAa CTaauK mpodassl I (y yenoBeka 3T0 IPOUCKXOAUT MEXKIY 3-
M U 8-M MecsAIaMH SMOPHOHAIBHOTO Pa3BUTHS) 10 TEX MOP, HOKa CaMKa He JOCTUTHET MOJIOBOH 3penocTu. Ilocie 3Toro nox BInMsSHIEM FTOPMOHOB
TIEPUOIMIECKH CO3PEBACT HEOOIIBIIOE YHCIIO OOIUTOB, KOTOPHIE 3aBEPUIAIOT IIEPBOE JICNICHHE MEei03a 1 IIPEBPAIaloTCs B OOLUTEI BTOPOT'O TOPS/IKA;
MOCJIE/IHUE TIPETEPIIEBAIOT BTOPOE JICJICHUE MEH03a M CTAHOBATCS 3peJIbIMU stiLiekyieTkamu. CTaaus, Ha KOTOPO#H SHLEKIETKA BBIXOJUT U3 SHYHUKA U
OILIOZOTBOPSCTCS, y PA3HBIX )KHBOTHBIX Pa3IHYHA. Y GONBIIMHCTBA IO3BOHOYHBIX CO3PEBAHUE OOLUTOB IPHOCTAHABINBACTCS Ha cTaaun MeTadassl 11 u
OOLIUT BTOPOTO HOPsI/IKa 3aBepIaeT Meio3 JIHIIb 0CIe OIUIOJOTBOPEHNUS. Bee mosipHbIe Tebla B KOHEYHOM cueTe JereHepupyloT. OnHako y O0NbIIHHCTBA
JKUBOTHBIX, B TOM 4HUCJIC ¥ Y MIICKOIUTAIOLIHX, HOJISIPHBIC TENIbl[a OCTAIOTCS BHYTPH SHLEBOI 000I0YKH, a y HEKOTOPBIX BUIOB NIEPBOE MOJAPHOE TEINIbLE
ycHeBaeT 10 ACTeHEPAIHH PETEPIIETh OJHO ACNICHHE.

9TOM CTaJMH Kax[Ias U3 XPOMOCOM BCE €IIC COCTOUT M3 JBYX CECTPHHCKHX XPOMATHJ; B TAKOM BHJE XPOMOCOMBI OCTAIOTCS BIUIOTH 10 BTOPOTO ACICHUS
Melio3a, KOr[a XpOMaTHIbl OTACISIIOTCS APYT OT Apyra B pe3yibTaTe Hpoliecca, CXOAHOro ¢ aHadaszol Murosa (cM. pasd. 15.2.7). Tlocne okoHUATEIBHOTO
pacxoXaeHus XxpoMocoM B aHadase 1l nurormiazma Gonsmoro
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0OLIUTa BTOPOTO MOPSAKA BHOBb JETUTCS aCHMMETPUYHO, YTO BeAET K 00pa30BaHUIO 3peioi siilleK/1eTKH (WIH fila) U elle 0JHOr0 MaJCHBKOTO IOIIPHOTO
TeNbla; MPH 3TOM 00€ KIETKH MOJy4aroT TalUIOMAHOE YHCIO OJHHOYHBIX XpoMocoM (cM. puc. 15-25). bnaromaps AByM HECHMMETPHYHBIM JICICHHAM
LIMTOILIA3MbI OOLUTHI COXPAHSIOT OOJIBIIYIO BEINYKHY, XOTSl OHH M HPETEpIIein [Ba JeNeHus Meio3a. Bee monsipHbIe Telbla O4eHb Majlbl, U OHH IIOCTEIICHHO
JIETCHEePUPYIOT.

Y GoNBIIMHCTBA TTO3BOHOYHBIX CO3PEBAHME OOLMTOB INpOAOIDKaeTcs 10 Meradassl Il m npuocranasimBaercs Ha 3Toi crapuu. Ilpu oByastMM
OOLIUT BTOPOTO MOPsIIKA OCBOOOXKAAETCS U3 IMUHMKA U B TOM CIIydae, KOr/ia IPOMCXOAUT OII0J0TBOPEHHE, 3aBepIlaeT Meiio3.

15.3.4. Sliinek/eTka AOCTUraeT KPYNMHBIX pa3MepoB 0Jarogaps cneuuajbHbIM Mexanusmam [10, 11]

He6ounbmioii comarnyeckoil kiuerke auamerpoM 10-20 MKkM 0OBIMHO TpeOyeTcs OKOJIO CYTOK, AL TOTO YTOOBI yJBOHTH Maccy IIpU MOATOTOBKE K
nenenuto. Toii ke KIETKe NMPH TaKUX K€ CKOPOCTAX CHHTE3a MAKPOMOJIEKYJ] MOHAaZoOMIIOCh Obl OYEHb MHOTO BPEMEHHM, YTOOBI JOCTHYb B THICAYY pa3
OoubIei Macchl, XapaKTEPHOH JuIsl SHLEKIETKH MilekonuTaomero (auamerp 100 MKM), WM B MUJUIMOH pa3 Ooublieil Macchl siiilia HACEKOMOTo (AuaMeTp
1000 MkM). Mexay TeM HEKOTOpbIe HaceKOMBIE JKHBYT BCETO JIMIIb HECKOJBKO JHEH M yXHUTPSIOTCS NIPOU3BOAUTH Siilla, UAMETP KOTOPBIX Jaxe OobIle
1000 MKkM. SICHO, YTO MX AHLEKICTKH JOJDKHBI 00/1a/1aTh 0COOBIMU MEXaHU3MaMH JUIS JOCTHIXKEHHS CTOJIb KPYIHBIX Pa3MEPOB.

OnuuM U3 (paKTOPOB, CIOCOOCTBYIOIIMX TAKOMY POCTY, SIBISCTCS HAJIMYME B KIICTKE JOIMOJHMTCIBHBIX KOMUH I'eHOB. Y SHIEKICTOK MHOIHMX
JKHBOTHBIX 3aBEpIICHHE Mei03a OTKIAIBIBACTCS MOYTH JIO CaMOro KOHIIA CO3PEBAaHUS, TaK 4TO OTH SUIEKJICTKU COACPIKAT YIBOCHHBINM NHILIOMIHBIN Habop
XpOMOCOM B TeyeHHe OoJblueil yacTd nmepuoja ux pocra. Takum obpasom, oHH coxepxaT Basoe Goibiue JIHK mis cunresa PHK, uem nmeer cpenmmsis
comaTHyuecKas KIeTKa B (pase KIETOYHOro LHKIa. B HEKOTOPBIX sIEKIETKax mpolecc HakomieHus momonuutensaoi JJHK maer eme mampine, mpuBoas K
00pa30BaHUIO OOJIBIIIOTO YKCNA JOOABOYHEIX KO OIPEIENICHHBIX IeHOB. B 1. 9 MBI yixxe Buaenu, 9To s 00pa3oBaHUs JOCTATOYHOTO YHCiIa PHOOCOM, Ha
KOTOPBIX NPOUCXOJUT CHHTE3 OCNIKOB, COMATHYECKHM KJIETKaM OOJbLIMHCTBA OpraHu3MoB TpeOyercs or 10 no 500 xomnmit renoB pubocomuoit PHK.
TlocKONMBbKY SHLEKICTKA HYXKIAIOTCS B €IIe OOJBIIEM KOJIMYECTBE PHOOCOM Ui OCIKOBOrO CHHTE3a Ha PAHHUX CTAAUAX dMOpHOreHesa, B SIIEKICTKax
MHOT'HX JKHBOTHBIX TeHsl pPHK amMmmu¢uimpyrores; Tak, B sifjax peld 1 ampuouii cogepxutcst 1-2 MIIH. KON Takux TeHoB (puc. 15-26).

Poct MHOTHX sl B KaKOH-TO CTENCHH 3aBHCHT OT OMOCHHTETHYECKOH aKTHBHOCTH JAPYTMX KieTokK. Hampumep, onuH M3 BaKHBIX KOMIIOHEHTOB
KPYIHOH SLEKICTKU - JKEITOK - OOBIYHO CHHTE3UPYETCSI BHE SMYHHUKA U 3aTEM IIEPEHOCHTCS B OOLHMT. Y MTHUI, aM(puOUil 1 HACEKOMBIX OEIKOBBIC BELIECTBA
JKeNTKa 00pa3yloTcs B KJIETKaxX IIeUeHH (WIH UX (YHKIMOHAIBHBIX aHAJOrax), KOTOpble BBIICIIOT JTH BeHleCTBA B KpoBb. OOLMTHI, HAaXOISIIUecs B
SAUYHUKAX, W3BIEKAIOT 3TH Oyayline OENKOBbIe KOMIOHEHTBI XKEJITKA M3 BHEKJICTOYHON JKHIKOCTH ITyTEM 3HJOLHUTO3a INPU YYacTHUM CIenH(HUIECKHX
peuentopoB (cM. puc. 6-72). IIUTaHHIO OOLMTOB MOTYT TAaK)Ke CIOCOOCTBOBATH BCIIOMOTAaTeNbHBIC KICTKH, HAXOMSILIMECS B SHYHUKE. DTy (GYHKIHIO B
OOreHe3e B 3aBHCHMOCTH OT BHJa OPraHHM3Ma BBIMOJIHSIOT BCIOMOTAaTeIbHBIC KJICTKM SMYHHKA [JBYX Pa3iIMYHBIX THIIOB. Y HEKOTOPHIX OECIIO3BOHOYHBIX
HMEIOTCS KJIeTKH-KOPMHIINIBI: OHH OOBIYHO OKPYXKAIOT AHLEKIETKY U COSMHEHBI C Hel UTOIIa3MATHYECKUMI MOCTHKAMH, 110 KOTOPBIM MaKPOMOJIEKYJIbI
MOTYT IPSIMO EPEXOUTh B €¢ UUTOILIa3My. KIleTKH-KOPMUIIMIIBI CHHTE3UPYIOT AIs SHIEKIIETOK HACCKOMBIX TaKHE KOMIOHEHTHI (PHOOCOMBI,

| |
400 mrcm

Puc. 15-26. MukpodoTorpadust U30JMPOBAHHOTO Spa M3 SHIA JATYIIKH. AP0 OKpalIeHO KPe3WJIOBBIM (DHOJICTOBBIM, YTOOBI MOXHO OBLIO
BHUJIETh MHOXKECTBO SAPBIIIEK Pe3yIbTaT MHOTOKpaTHOU amIutidukanuy renos pubocomuoit PHK. (D. D. Brown., I. Dawid, Science, 160, 273-275, 1968.)
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Puc. 15-27. Dra cxema 1HoKa3bIBaeT, KaKk U3 OJHOIO OOTOHHMS
Drosophila obpasyercsi 15 KICTOK-KOPMHIHI] U OAWH OOLMT; BCE OHH
CBSI3aHBI MEK/Ly COO0I INTOIIa3MaTHIECKUMH MOCTHKaMH. [1pu kakaoM
MHTO3€ BCE KJIETKH OJHOKPATHO AEJSTCS: MPH IIEPBOM MHUTO3€ U3 KIETKH
1 oOpasyrorcs kietku 1 M 2; npud BTOPOM MHTO3€ M3 KIETKH |
obpa3zyrorcs kiaetku 1 u 3, a u3 knetku 2-xkinetku 2 u 4 u T.1. [Tockonbky
IIMTOILIA3MAaTHYECKUE MOCTHKHM OOpa3yroTCsi BO BCEX TEX MECTax, IJe
OCTaTKM BepeTeHa [EeNICHHs CBS3bIBAIM BO BpeMst Tenodasbl JBe
JIOYEPHHE KIICTKH, 9TH MOCTHKH COCAMHSIOT JIUIIb T€ KICTKH, KOTOPBIC
obpasoBaiuch B pe3yinprare o0mero MuTo3a. B siinexierky
[PEBPAIACTCS TOIbKO KJIeTKa 1 MM 2; BO3MOXHO, 3TO CBSI3aHO C TEM,
YTO TOJNBKO 3TH KJICTKM COCAMHEHBI MEXKKJICTOUYHBIMH MOCTHKAMH C
YeTHIpbMsI  APYTHMMH. HeoOBIYHOH OCOOCHHOCTBIO TaKUX JeIeHUH
SIBIIETCS TO, YTO Pa3sMep KJICTKH HE yIABamBacTCs IEpPE] MHTO30M, TaK
YTO C KaKIbIM AEJICHHEM KJICTKAa CTAHOBHTCS BCE MEHBIIEC M MCHBIIC.
ITozxe, BO BpeMsl CO3peBaHUS siflla, KJICTKHU-KOPMHIULBI CTAHOBSTCS
Ype3BbIYAHHO KPYIHBIMH; OHH O0pa3yroT OOJbIIME KOJHYECTBA
MaKpOMOJICKYJ M TaKHX OPraHeiI, KaK puOOCOMBI M MHTOXOHIDHH, U
«HAKAaYMBAIOT)» MX BHYTPh OOLUTA [0 UTOIIA3MATHIECKUM MOCTHKAM.

MPHK, Genku u T. 11.), KOTOpBIE Y II03BOHOYHBIX SHIIEKIETKA TPOU3BO IHIIA OBl 1151 ce0s cama.

YV HEKOTOPBIX BUOB KICTKHU-KOPMHJIMIBI IIPOUCXOAAT U3 TOTO XKE OOTOHMSI, U3 KOTOPOro 00pasyeTcs COeANHCHHBIH ¢ HuMu oouut. Hanpumep, y
JIp030( Bl OOTOHUI IIPeTepIIeBaeT YeThIPe MUTOTHYCCKUX JEICHNUS, B PE3yJIbTaTe KOTOPEIX 00pasyercst 16 kierok. OnHa U3 3THX KJICTOK CTAHOBHTCS SIHIIOM,
a Jipyrue MpeBpaIlalTCcs B KICTKU-KOPMIJIMIBI U OCTAIOTCS COCAMHEHHBIMH JAPYT C APYrOM U C SIHIOM LUTOIUIA3MAaTHYECKMMU MocTUKamu (puc. 15-27). B
KJICTKaX-KOPMHIIHIAX [POMCXOAUT MHOrokparHas peruukanus JJHK 6e3 fgemeHust camoif KIIETKH, MOATOMY Kak[ash KJIETKA ITOCTCHECHHO JOCTHTAET OYCHB
Gonmpmmx pasmepos, a konudecTBo JJHK B Hell B ThicSdy pa3 ImpeBOcXoJuT oObIuHyI0 BenuuuHy (Takas JJHK HaxomguTes B noaumennvix Xxpomocomax; CM.
pasa. 9.2.5). Bee 15 KIETOK-KOPMMWIIMIL, COAEPXKAIIMX COTHH M THICSYM SKBUBAJICHTOB T'CHOMA, CHHTE3MPYIOT BEIIECTBA, HEOOXOAMMBIC JUIS OJHOM-

€IMHCTBEHHON SHIEKIETKH.

Eme onun BH KJIETOK, KOTOPBIE MOMOT'alOT 00€eCIeYnTh TUTaHHE Ppa3BUBAIOIIUXCS OOLUTOB,- 3TO lbO.]'[.]'ll/[KyJ]ﬂlexIe KJIETKH, UMCIOIIIMCCA KaK y
IIO3BOHOYHBIX, TaK U Y 6ecro3BOHOYHBIX. OHK PacIIOJIOKEHBI BOKPYT' OOLIMTa B BUAC
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Puc. 15-28. IlpumopauanbHbId (QOWIMKYN KPOJHMKA, COCTOSINHH U3
LEHTPAILHOTO OOLHUTA, KOTOPHIH OKPY)KEH OJHHUM CJIOEM YILIOIIEHHBIX
HONMTHKYIAPHBIX KIIETOK (3NEeKTpOHHAs Mukpodororpadus).
IMTpumMopananbHeIH (HOIUTUKYI 3aKII0YeH B 0a3albHyI0 MeMOpaHy, ILIOXO0
paznmnuuMyro Ha ¢otorpadun, KOTopas B CBOIO O4YEpElb OKpPYXEHa
COeTMHHUTENbHON TKaHpIO sH4YHHKA. OOpaTHTe BHMMAaHHE, YTO Ha JTOH
CTaJUM Pa3BUTUS OOLUT IIEPBOTO Iopsaka He mMmeer zona pellucida u
KOpTUKaIbHEIX rpaHyn. (J. Van Blerkom, P. Motta, Cellular Basis of
Mammalian Reproduction, Baltimore: Urban and Schwarzenberg, 1979.)
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SMUTENHAIBHOTO CI0s (puc. 15-28) 1 cBA3aHBI ¢ HUM IIEICBHIMU KOHTAKTaMH, Yepe3 KOTOPbIe MOTYT IPOXOAUTH Maible MOICKYJIbI, HO HE MAaKPOMOJICKYJIbI
(pazn. 14.1.5). Xotrs nmomgoOHbIe KIETKU HE MOIIM OBl Yepe3 3TH KOHTAaKThl CHa0XaTh OOLUT TOTOBBIMH MAaKpPOMOJICKYJIaMH, BO3MOXHO, YTO OHU IOMOTAIOT
00ecreunTh €ro MajbIMH MOJIEKYyJIaMU-IPEIIICCTBEHHUKAMH, M3 KOTOPHIX 00pa3yloTcsi MakpoMmounekyiasl. Kpome Toro, QomaukynspHble KIETKH 4acTo
BBIICIIIOT MAKPOMOJIEKYIIBI, KOTOPBIE JIH00 BXOJAT B COCTaB 0OO0IOUKHY SHIEKICTKH, THOO0 MyTeM YHIOILNTO3a IIOCTYNAIOT B PACTYIINI OOLHT.

brnarozapsi BcrioMorareibHbIM KIETKaM, OKPY)KAIOIUM OOLUT, CTAHOBHUTCS BO3MOKHBIM IPOJIOJDKEHHME €r0 Pa3sBUTHS; U Y IO3BOHOUYHBIX, U Y
6€CII03BOHOYHBIX MMEHHO BCIIOMOTAaTeNbHBIE KIETKM pPEarupyloT Ha JeHCTBHE IOJIMICHTHIHBIX TOPMOHOB (20HAOOMpPONUHOG), B PE3yIbTaTe 4Yero
IpephIBacTCs 3aepKKa OONUTOB B IIpodase | 1 OHM CTaHOBSTCS TOTOBBIMU K JalbHEHIIEMY CO3PEBAHHIO.

15.3.5. Co3peBanue 00LUTOB y MO3BOHOYHBIX HHUIIUUPYETCS] yMEHbIIEHHEM BHYTPUKJIETOYHON KOHIIEHTPALMH
mukandeckoro AMP [12]

Y MHOTrMX >KMBOTHBIX 3aBEpIICHHE OOLUTOM Meio3a I mpoMCXOAMT JIMIIb C HACTYIUICHHEM IOJOBOM 3PEJIOCTH, KOTZA B KPOBM MOSBISIOTCS
TOHAJOTPONMHBI. DTH TOJUIEHTUIHBIE TOPMOHBI CTUMYJIUPYIOT BCIIOMOTATEIbHbIC KICTKH SMYHHUKA, NOOYKAasi UX K BBIJCICHUIO BTOPUYHOTO MEIUATOPA,
KOTOpBIil B CBOIO OYepe/b BO3JICUCTBYET HA OOLMTHI M MHAYLUPYET MPOLECC X co3peBaHus. [Jisi OOJIBIIMHCTBA TIO3BOHOYHBIX CO3PEeBAHMEM SIHLEKIETKH
CUMTAETCS TPOLIECC PA3BUTHSL OOLUTA IIEPBOrO IOPsJKA, OXBATHIBAIOLIMK IEPUOJ BPEMEHU OT INEPBOTO JIEJIEHUs MeEHo3a 10 HOBOM 3alepkKKH OOLUTa B
Mmetadase II; Ha 3TO cTamum TEreps YKe ooyum 6mopo2o nopsAoKa 0CTaeTCs A0 OILIOA0TBOPEHHS, IO BIMSHUEM KOTOPOTO NPOUCXOAUT 3aBepIICHHE Meiio3a
(puc. 15-25).

IIponecc co3peBanHus AHLEKICTKH Jy4lle BCEro u3yueH y aMpuoOuid. Y 3TUX KUBOTHBIX FOHAJIOTPOIMHBI, HAXOMSIIHUECS IT0J] KOHTPOJIEM rHnodusa,
NIEHCTBYS HA OKPYIKAIOIIUE OOLUTHI (DOJUTMKYIISIPHBIC KICTKH, MHULMUPYIOT BhIICICHHE TIOCICIHUMU CTEPOUIHOTO TOPMOHA npozecmepora. [1ogo6HO npyrum
CTePOHJHBIM TOpPMOHaM, mporecTepoH IudyHAUpYET uUepe3 IUIa3MaTHYECKHEe MeMOpaHbl OOJBIIMHCTBA KJICTOK-MHUILICHEH U  CBS3BIBaCTCS C
BHYTPUKJICTOUYHBIMH PELENTOPHBIMU OCJIKaMHM, PEryJHPYIOIMMY TPAHCKPHILHUIO Crielu(uIeckux reHoB (cM. pazn. 12.2.1). OxgHako B CO3pEBaHUM OOLUTA
MIPOTECTEPOH, MO-BUIMMOMY, Y4acTBYeT HMHAue: IIOJIaraloT, YTO OH CBS3BIBACTCS C PELENTOPHBIMU OClIKaMM IUIa3MaTHYecKoil MemOpanbl. [Ipu sTOoM
MIPOUCXOJUT MHAKTUBALUS aJICHIIATIMKIA3bI TUIA3MaTHYSCKOW MEMOpaHbl OOLMTA, B PE3yJbTaTe YEro CHIKACTCS KOHLEHTpalMs HUKInYeckoro AMP B
LIMTO30JI€ U COOTBETCTBEHHO aKTUBHOCTH CAMP-3aBUCHMOI1 NpoTeMHKNHA3BI (A-KHMHA3bI, CM. pa3l. 12.4.1).

Nwmetorcs yoenuTenbHbIE CBUIETENBCTBA TOTO, YTO CHIDKCHHE aKTUBHOCTH A-KHMHA3bl SBISETCS HEOOXOMUMBIM M JTOCTATOYHBIM YCIOBHEM IS
3aIycKa MMporpaMMbl CO3PEBaHMsI OOLUTa. MUKPOUHBEKIINU KATATUTUYECKH aKTHBHOTO (pparMeHTa KHMHA3bl, aKTUBHOTO B OTCYTCTBHE IHKIH4Yeckoro AMP
(cMm. pasm. 12.4.2), MHrHOMPYIOT CO3peBaHHE, HHIAYLHPYEMOE I[IPOTECTEPOHOM, TOrAA KaK MHUKPOMHBEKLIUH CIELH(HYECKOr0 HHIUOMTOpA KHHA3bl
HHUIUHAPYIOT CO3PEBAHUE JTAKE MPH OTCYTCTBHU MPOreCTEPOHA. DKCIICPUMEHTHI HA MBILIMHBIX OOLUTAX, IPOBOJUBIIMECS TAKKE C TOMOIIBIO METOa MHUKPO-
HWHBEKIUHI, OKa3alli, YTO Y MIICKOIHUTAOUIMX JCHCTBYET aHAJIOTWYHBII BHYTPUKIICTOUHBIH MEXaHU3M Iepenau curHaioB. CyOcTpaTsl A-KHHA3bl 0K HE
BBISBJICHBI, OJIHAKO IIOJIAraloT, YTO UMHU MOTYT OBITh (POC(HONPOTEHHBI, BXOMIIIME B CUCMEMY NPEPbIEAnUs Melomuieckoeo Oenenus I, OTBETCTBEHHYIO 3a
3anepkKy oouuta B mpodase 1. I[To umeromieiicst runorese,
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AaKTMBHOCTb Takux (ochonporenHoB omnpenensercs GpochopuarpoBaHueM, OCYIICCTBIIEMbIM A-KHHA30M; MaJieHue ypoBHA Lukindeckoro AMP chumaer
OJIOKMPOBKY Meif03a 1 HHULUUPYET €ro NPOJODKEHHUE.

15.3.6. Co3peBaHue 00LUTOB CBA3aHO ¢ akTHBanuel pakropa nannuanuu M-dassl [13]

IToka eme He BBISICHEHO, KaK Pa3BUBAIOTCS COOBITHSA IOCIIE MAJCHUS YPOBHA IUKINYecKoro AMP, HO B KOHIIE KOHIIOB OHU IIPUBOJT K aKTHBALUU
0eIKOBOro KOMILIEKCa, Ha3biBaeMoro akropom nHunuanuu M-¢daser (PHUM); nonaraior, 4To OH HeoOXOAUM I BeIXozaa u3 mpodassl I meiiosa. B ri. 13
ropopmwiiocs 0 ToM, 4yro MM KkpaiiHe Mano M3MEHWJICS B HPOLECCe DBOJIOLMHU dyKapuoT. Ero kiroueBast poib B OOBIMHOM LMKIE KJICTOYHOIO NEICHUS
00yCJIOBJICHA TEM, YTO OH MHULMHPYET nepexon kieTku u3 G, B M-dasy (cm. pasa. 13.1.10). Kak yxe ynomunanocs, npodasa I meiiosa, HecMOTpsi Ha CBOe
TpaJUIOHHOE Ha3BaHHE, OYeHb Moxoxka Ha (asy G, obOwsraHOro kierounoro rmmima: JJHK yxe perummupoBanachk U sBISIeTCS aKTHBHOH B OTHOIICHHU
TPAHCKPHIILUH, sJepHast 000J0YKa HHTAKTHA, @ MUTOTHYECKOE BEPETEHO ACNIeHUs elle He chopmupoBaiock. bonee Toro, monodHo nepexony u3 G, B M-dasy
OOBIYHON JeTsIIecs KIeTKH, nepexon ot mpodassl I k M-dase meitosa 3anyckaercst DYIM. B peiictBurensnoct @VIM Gbut BiepBbie 00HAPYKEH B OOLIHTAX
JSTYIIKH B Ka4ecTBE (haxmopa, unuyuupyloweeo cospesauue. 3peible OOLHTHI JITYIIKH 3alepKUBAIOTCS Ha craxuu Meradassl I, xorna yposens ®UM
BBICOK (cM. naiee). Eciu HEOONBIIYI0O YacTh LUTOILUIA3MBI TAKOTO 3PEIOr0 OOLMTAa BBECTH B HE3PEINBIH OOLMT, TO MOJ BO3JCHCTBHEM COJEPIKAILETOCs B
uabekiuy OVM HapyLIMTCs LEI0CTHOCTh MEMOPaHbI M HAYHETCS! KOHJCHCALMS XPOMOCOM, T. €. OyayT Habmonatbest 3 GeKTsl, XapakTepHbie uist M-hasbl 1
CBHUJIETENILCTBYIOLINE O 3PETIOCTH OOLUTA.

3ameuarenbHoe cBOHCTBO OMIM COCTOUT B TOM, UTO €r0 MOXKHO HEOIPAHMUYEHHO JI0JIr0 MOCIIEJ0BATEIbHO IIEPEHOCUTD U3 OJIHOTO OOLUTA B APYToit
6e3 moTepy aKTUBHOCTH, HECMOTPS Ha TO YTO IIPHU MOJOOHBIX MOCIEA0BATENIBLHBIX IIepeHocax pazdasiaeHue pacTtBopa ¢ GHIM nocTuraer orpoMHbBIX 3HAUEHHI.
310 03HauaeT, yro MHBEKIHH PVM CTHUMyIHPYIOT CHHTE3 B PELUIIHEHTE-00IHTe eme Oonpmmx koiandects GMIM. AMmimpuKanus NPOUCXOTHUT AAXKE B
0e3bsePHBIX OOLUTAX M B IPHUCYTCTBHHM HHTHOMTOPOB CHHTe3a OeNKOB; Takod (akT ykaspiBaeT Ha To, 4yro UM ckopee BCero akTHBHPYET YyiKe
cymectBytomue @M, a He uHAYHMpYET cUHTE3 HOBBIX PUIM.

Kakoii MexaHn3M JIEXKUT B OCHOBE TaKOW aBTOKATAIMTUYECKOI peakuuu camopasMHOkeHus? HecMoTps Ha To 4To Kk Hacrosmemy Bpemenu OVIM
ellle He M3Y4eH JOCKOHAIBHO, NMEIOTCS CBUETENIBCTBA TOTO, 4TO OH (hocopmiinpoBaH, uyto GpochopHInpoBaHIIO MPHHAICKUT BaKHAS POJIb B BO3OYKICHUH
aktuBHOCTH ®PUM M uro mo MeHbled Mepe oauH M3 KomnoHeHToB ®VIM sBusercs nporemHkuHa3oil. Takum oOpazom, @M moxer cam cebs
¢docdoprrpoBats U, CleI0BaTENbHO, AKTHBUPOBATh. B oonuTax JATYIIKH unakmueayus A-KWHA3bl I0J] JEHCTBHEM IPOTeCTepOHa MHULIUHPYET CIOXKHYIO
II0CJICI0BATEIILHOCTE COOBITHH (CONPSDKCHHYIO C CHHTE30M OEJKOB), KOTOpas B KOHIC KOHIOB IPUBOAUT K aKTHBALMU HeOOJdbIMX komudecTB OVIM,
KOTOpBIE, B CBOIO o4epe/ib, akTHBHPYIOT HOBbe ®VIM. HHTeHCHBHOE (ocdopranpoBaHie CTPYKTYPHBIX OCIKOB SACPHBIX 000I04YEK U XPOMOCOM XapaKTEePHO
IUIsL IPOLIECCOB, HabM0gaeMbIx B M-dase (cM. pa3a. 13.5.11), mosToMy HampammBaeTcst MPeAnoaokeHue o ToM, 4uto GMIM cHHTE3MpYyeT ellle 1 HEM3BECTHYIO
IPOTEMHKHHA3Y, KOTOpask BEI3BIBAET TAKOIO POJia JajibHellne n3MeHenus (puc. 15-29).

CuMTaloT, YTO LMKIMYECKHE H3MeHeHus aktuBHOocTH OVM, no-BUANMOMY, SBISIOTCS peEIIAIONMM (AKTOPOM PEryJsud OOBIYHOTO
MHTOTHUYECKOTO KJICTOYHOTO IIUKIIA, OTIPEAEIIsE MOMEHTHI BCTYIICHHS KIETKH B MUTO3
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NPOTECTEPOH Puc. 15-29. Mopgenb, OeMOHCTpUpYIOIIas, KakuM OOpa3oM BCIEX 3a
BO3/I€iicTBHEM TporectepoHa ¢akrop mHuumanuu M-daszel (OVIM) moxer
l MHIYLIUPOBATh Mepexoj sina Jsarymkd u3 mpodassl 1 B Mmeradasy. Ilo

HPEJIOKEHHONW T'MIOTe3e, HMPOreCTEPOH KOCBEHHO BBI3bIBACT 00Opa3oBaHUE
COOTBETCTBYIOIIETO  (pepMEHTa,  KOTOPBIl ~ aKTUBHpYET  HeOOIbIINE
konuuectBa OVIM. DTO mNpHBOOUT K aKTUBAMM HE TOJBKO OOJBLIMX

J/ KACKAL $EPMEHTOB
J/ xoimuectB GVIM (MHOTOKpaTHO YCHJICHHBIH OTKIIMK), HO M NPOTEHHKUHA3,

W CWHTE3 BENKOB

(dochopwupyromux saepHble MEeMOpaHbl M XpOMOCOMHbIe Oenku. B
pe3ysbTaTe LEJIOCTHOCTh SACPHOI OOONOYKH HApYIIACTCs, XPOMOCOMBI

KOHJICHCHPYIOTCSL M, TakuM o00pa3oM, KJeTKka BCTymaeT B Meradasy.

DepmenT, Ilocnenyromas nnaktuauuss ®HMM npuBOAUT K TOMY, UTO BOCCO3JAETCsA

C/\Cj KTHBHPYIOLLMA saepHas 000J0YKa, XPOMOCOMBI JICKOHACHCUPYIOTCS H, TakuM 00pas3oMm,
dUM KJIETKa MOXXET BCTYIHTh BO BTOpOEC JCJICHHE Meio3a (Ha PHUCYHKE He

110Ka3aHo). BO3MOXHO, aHANOTMYHbIA MEXaHU3M JIEKUT B OCHOBE IIPOLECCca
CO3pEBaHMsl OOLMUTOB Miekonuraronmx. OxuH u3 komnoHeHtos OUM

MACHTU(HULIUPOBAH: 3TO NMPOTEMHKKWHA3a. OHAa TOMOJIOTMYHA NPOTEHHKHUHA3E
:/, - S OPOXOKEH, KOTUPYEeMO# TeHOM cdc2/28 W urparolieil KIOYeByl0 pPOJib B

/\ PEryndauuy KJICTOYHOTO MUKJIA APOKIKEBBIX KICTOK.
(o] [ea

,/Q\
N
m l e

AM-kuHaza XB-kunaza

dbm_d:npunupoaaﬂne Pochopunuposarme

AABPHBIX MeMBpaH XPOMOCOMHbIX

(AM) Genkoe (XB)
[<-@ ]

/ \

Paapywexue AgepHOR 060N0YKHK KoHaeHcaumA xpoMocom

u BbIXOza U3 Hero (cM. paszn. 13.1.10). Ilo-Buaumomy, npu co3peBanuu oonutoB ®GMIM mpereprneBaeT aHATOTHYHbIC UKIMYCCKAE U3MECHEHHs. Y BEIMUYCHUE
konmmuectBa UM cHadana 3amyckaeT NMPOXOXIEHHE oouuTa uepe3 npodasy W BCTymieHue ero B Metadasy | menenus meiio3a. 3aTeM mocienyromas
nHaktuBanus OVIM no3BossieT oonuTaM 3aBepIIMTh JASNCHHE sipa, a HoBas akrusanus OVIM mHunuupyer nepexoxn xietku B M-dasy Il nenenus meiiosa.
[Monaratot, uto cucmema 3adepoicku 1l meviomuyeckoeo Oenenusi (e MHOTAA OTOXACCTBILIIOT C Lumocmamuueckum paxmopom, win LCD, cpoiicTBa
KOTOpOro cnabo W3y4deHbl) Ha 3TOW CTaauM npenorBpamaeT nHaktuBauuio OUM, mpuocraHaBiuBas TakuM 0Opa3oM 3peiible SHIEKICTKH Ha CTaauu
metadassr I1. OMIo0TBOPEHHE, BO3MOXKHO, GI1aro/iapsi MOBKIIEHHI0 KoHenTpamuy Ca®” B ruTo3one (cM. pasa. 15.4.5), mo3sonser oomuram 3aBepmuth 11
JISJICHUE Melo3a U BMECTE C IOCJIEIOBAaTEIbHBIMU CEPUAMHM akTHBaMu M uHakthBauuu @OUM, onpenensromymMu IMPOXOXKICHUE KIETOK 4Yepes
MOBTOPSIONIHECS MUTOTHIECKUE AENICHNS, 3aIlyCKaeT MPOIeCC Pa3BUTUS IMOPUOHA.

15.3.7. Bosb11asi YacTh OOLIMTOB, He CO3PeBasi, MOrudaeT B AMYHUKE YesloBeKa [14]

HecMoTpst Ha TO YTO MOJICKYJISIPHBIC MEXaHHM3MBI, JISKAIIHE B OCHOBE BaXXHEHIINX MOMEHTOB B MPOLECCE PA3BUTHS U CO3PEBAHUS OOLMTOB, IO
BCei
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-
BazankHan

membBpaHa

Puc. 15-30. Muxpodororpadus cospeparoniero GpoyuMkyia B SHIHUKE
kponburxu. OOLHUT NEpBOro MOpsAKAa KpymHee, 4eM Oosiee Moojble
OOLIMTHI, TIPEJCTAaBICHHbIE Ha pUC. 15-28, U yXe MMeeT KOpTHKaIbHbIE
rpaHyiel (Ha 3ToM (OTO OHM IUIOXO BHAHBI), @ TaKKe Y3Ky0 zona
pellucida; oomur oOkpyxeH cmosMH  (QONUTHKYJISPHBIX — KJIETOK.
BHyTtpeHHHe (QOMIMKYIApHBIE KICTKH HMEIOT OTPOCTKH, KOTOpBIC
poxoJar ckBo3b zona pellucida u 00pa3yroT mieneBble KOHTaKTHI C
ooLuTOM (IpaBja, Ha Gororpaduu BCe 3TH CTPYKTYPbl BUIAHBI HEYETKO).
Becp dommukyn oxpyken 6azambHoil MemOpanoi. (J. Van Blerkom, P.
Motta. Cellular Basis of Mammalian Reproduction, Baltimore, Urban and
Schwarzenberg, 1979.)

BHIMMOCTH, BECbMa CXOJHBI Y BCEX M03BOHOYHBIX, BPEMEHHBIEC [1APAMETPBI 3THX IIPOLIECCOB M XapakKTep 3allyCKaOMMX MX BHEKJIETOYHBIX CHTHAJIOB MOTYT
BapbUPOBATh BEChbMa 3HAUMTEbHO. Hanmpumep, y 4eloBeka 3T CHTHAJIBI 3HAYMTEIBHO OOJiee CIOXKHBI U IOpasao MeHee u3ydeHsl, yeM y ampuouil. bonee
TOr0, KOJIMYECTBA 3PElbIX SIHIEKICTOK, 00Pa3yIOIMXCsl Y HPEACTABUTENCH STHX ABYX BHIOB, PA3JIMYAIOTCS IIOPA3UTENIBHBIM 00pa3oM. Y CaMKH JISTYLIKH B
KX/l CE30H Pa3MHOMKEHHS! Ha MPOTSHKCHUH BCETO PENPOAYKTHBHOTO NEPHOA )KU3HH U3 OOTOHUH 00pa3yroTCsi OOLHUTBI; COTHH MX IEISTCS U HPETePIIeBAIOT
OBYJISILHIO TOJ] ACHCTBHEM FOPMOHOB. Y JKCHIIHMHBI JK€ JIMLIb B IIEPBBIE MECSLbI BHYTPHYTPOOHOTO PAa3BUTHSI U3 OOTOHHIT 00pa3yeTcsi HECKOJIbKO MUIUTHOHOB
OOLIMTOB, ¥ BCE OHH, 32 HCKIIFOYCHHEM HECKOJIBKHX COTEH, HE CO3pPEBasi, IIOTrHOAt0T B SIMYHHUKE.

OouuTBI IEPBOro MOPsIKA y HOBOPOXKACHHOMN JIGBOUYKH OCTaHABIMBAIOTCS B mpodase I Meito3a (mogo6HO ooluTam HepBoro nopsiaka y amhpuomuii),
1 OOoNbluasi X YacTh OKPY)KEHA OJHUM CJIOEM (OJUIMKYJISAPHBIX KIETOK; TAKOH OOLHMT BMECTE C 3TUMH (OJUIMKYISAPHBIMH KJIETKaMHU MPEICTABISET COOO0M
NPUMOPANAIbHBIA posmukyn (puc. 15-28). 3a HeKOTOpPOE BpeMst 0 POXKACHUsI HEOOJIbILIAs OJIsl IPHMOPHATIBHBIX (HOJUIMKYIIOB IEPUOIHICCKH HAYMHACT
pacTd, HpeBpallasch B pa3BUBaIOLIMecss (OJUIMKYJBI: MX KISTKH YBEIHYMBAIOTCS W DPa3sMHOXKAIOTCS, oOpasys BOKPYr OOLHUTAa IEPBOr0 IMOpsKa
MHOTOCJIOWHYIO 000JI0YKY; CaM OOLHUT, OCTaBasch B mpodase 1, pacrer, u y Hero ¢opmupytores zona pellucida u koprukansusie rpanyis (puc. 15-30). B
HEKOTOPBIX M3 Pa3BUBAIOIIUXCS (OJUIMKYIIOB 00pa3yeTcsi HAMOJHCHHAS KUIKOCTHIO MOJIOCTh, WIH antrum, IPH 3TOM OHM NPEBPAILAIOTCS B AHTPAJbHBIE
dosmnkyabl (puc. 15-31). UeM uHAyuupyercs: MepBOHAYANBHBI POCT OTACNBHBIX NPHUMOPAHAIBHBIX (OJUIMKYIOB U MPEBPALICHHE HX B Pa3BHUBAIOLIHECS
¢Gomukynbl, 1noka HesicHo. OJHAKO MNPOJOIDKEHHE pA3BHTHS, BEPOSTHO, 3aBUCHT OT TOHAJOTPONHBIX TOPMOHOB rumodusa [B OCHOBHOM OT
Gonnuxynocmumynupyrowezo copmora (OPCI')] 1 0T 3CTPOreHOB, CEKPETHPYEMBIX CAMUMH (OJUTHKYIISIPHBIMU KIICTKAMH.

Bce pasuBaromuecs (GOJUIMKYJIBI POJODKAIOT PACTH M B KOHLE KOHILOB JIHOO AErEHEpPUPYIOT, MO0 B MPOLECCE OBYISLUH BBHICBOOOXKIAIOT
HaXOJSIIMecss BHYTPH HUX oouuTbl. OJHAKO co3peBaHHe oouuTa (MPOXOXKACHHE Yepe3 npodasy 1) ¥ OBYISIMS MPOMCXOMAT JIMIUb [10CIE HACTYIUICHHS
nosoBo#t 3penocti. C 3TOro BpeMeHH pa3 B Mecsl (IPHMEPHO B CEPeIMHE MEHCTPYAIbHOTO LHKIA) PE3KHil II0JBEM YPOBHS JPYroro roHaJOTPOIHHA -
omeunusupyrowe2o eopmona (JII'), BbIENSEMOro rHNOGU30M, - CTUMYIHPYET pocT B simdHuke 15-20 Thic. pasBuBarommxcs Goiumkynos. U3 Beex 3THX
(GOJUTHKYIIOB JIMILIB O/IMH 3aBEPIIACT CBOC PA3BUTHE: 3aKIIOYCHHBIH B HEM OOLMT MEPBOrO MOPsKA cO3peBaeT, 1oXoauT 10 Meradassl 11 nenenus Mmeiiosa n
OCTaHABIIMBACTCS HA 3TOW cTaguy. EIMHCTBEHHBIH CTHMYJIMPOBAHHBIM (DOJUIMKYJI TEM BpEMEHEM ObICTPO YBEIMYHBACTCS B pasMepax M pa3pbiBacTcsl Ha
MOBEPXHOCTH SMYHUKA, OCBOOOXKIasi HAXOIMICS BHYTPU HETO OOLUT BTOPOTO NMOPSAKA, KOTOPBIH K 9TOMY BPEMEHH BCE €Ie OCTACTCS 3aKIIOYCHHBIM B
000I104Ky 13 (OJUTHKYISIPHBIX KIETOK, BHEAPCHHYIO B CTY/I-

: Wym"' Puc. 15-31. Mukpogotorpadus auTpansHOro GOUINKYIa B IHYHUKE
| PUMIOD A Kponbunxu. Temepp 37eCh MMECTCS MHOTO CIIOCB (DOJUIHKYISAPHBIX
KJICTOK. S1[jpa 0OLUTOB HE IOMAIN B INIOCKOCTh CEYCHHMS M II0ITOMY
- . He BUAHBI Ha QoTorpaduu. s cpaBHeHHs 0OpaTHUTE BHUMAaHHE Ha
5 ). - 3 : HPUMOPANAIBHBIA (OJUIMKY]I 3HAYMTENBHO MEHBIINX Pa3MEpOB B

" BepxHeM npaBoM yriy. (J. Van Blerkom, P. Motta. Cellular Basis of
Mammalian Reproduction, Baltimore, Urban and Schwarzenberg,
1979.)

ona ellucjda
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Kentoe Teno

Oouwmt 1-ro nopaaka,

KopTukansHsle

OCTAHOBWBLLIMACA Eriamriibl
B8 npodaze 1 DonnuKynApHee |
KNETKH
(1) 3)
@ ®
. T ——
| 0ABEM YDOBHA
| J‘H' uun.vuumrm A ! 1-e nonAproe
] Co3peaanue MNoBepxHocTh TeNble
PoNNUKYNAPHbIE Zona pellucida Qouwt 1-ro nopagka ANMHAKE
KIETKH Oouurt 1-ro nopAgxa
IBBEPLIAET NEPBOE ABNEHME
Me#033, NPEBDALLARCH Oouwut 2-ro nopRaKa
NPUMOPLHMANLHBIA PAIBUBAKWWACA AHTPATbHBIA B OOUMT 2-70 NOPAAKE
SONNUKYN SONNKUKYN @0NNuKyn BEONbWOR AHTPANBHLIA @ONNKMKYN NPOFBABWMACAK 20NNUKYN

Puc. 15-32. 3ech cxeMaTU4eCKH MOKA3aHbI CTJAWKM PA3BUTHS OOLMTA y YenoBeka. 1. J[o poxxaeHust HeOombLIas 10 HPUMOPANAIbHBIX (DOJIMKYIIOB
[IOCIIEZI0BATENILHO HAUMHACT PACTH, U 9TH (DOJIIMKYIIEI HA3BIBAIOT TEIEph pa3BUBaromuMucs. 2. HekoTopble U3 pa3BUBAOMUXCS (OJUIHKYIOB HAKAIINBAIOT
JKHAKOCTD, IPEBPAILASACH B aHTpaIbHbIC (OIUTHKYJIBL 3. C HACTYIUICHHEM MOJIIOBOI 3pEIOCTH pa3 B MECAL] BOJIHA JIIOTeHHU3Upyouiero ropmona (JII)
no0ysxraet npuMepHo 20 aHTPaNbHBIX (HOIUIMKYIIOB K yCKOPEHHOMY POCTY, OJJHAKO 3aBEpIIACT CO3PCBAHHE U IPETEPIICBACT OBYIIALIMIO JIHIIb OAMH U3 3THX
(OIJUTHKYIIOB; OOLIUT NIEPBOTO MOPSAKA, HAXOMSIIMHCS B 9TOM (DOJUIHKYJIE, 3aBepIIacT IIepBOe ACJICHIE MeHo03a, 00pa3ysl OIIpHOE TeNbIe U IPEBPaIasch B
0oLUT BTOpOro nopsiaka (puc. 15-25). 4. OouuT BTOPOro nopsiaxa, KOTOPbIi ObUT OCTAHOBIICH Ha CTaguu Metadassl Melo3a 11, BMecTe ¢ HOJIIPHBIM TebLeM U
YaCThIO OKPYKAIOIIMX MOJIIPHBIX KJIETOK OCBOOOXKAACTCS B TOT MOMEHT, KOTZa (hOJUIMKYIT Pa3phIBACTCs HA OBEPXHOCTH SAMYHUKA. OOLUT BTOPOrO HOPSIAKA
3aBepIIIaeT BTOPOE JeIeHre Meiio3a TOIBKO B TOM Clydae, €ciii OH OyzeT oIuIofoTBopeH. Ilocie oBysiuy omycTeBIINH (OIIHKYII IIpeBpanaeTcs B
SH/IOKPHHHOE 00pa30BaHue (Jcenmoe meno), KOTOpoe CEKPETHPYET MPOreCTEPOH, TEM CaMbIM F'OTOBS MATKy K IIPHEMY OILIOZOTBOpeHHOro oonuta. Eciu
OILIOJOTBOPECHHE HE HACTYIACT, XKEITOE TEJIO IPETEPIICBACT 00PAaTHOE PA3BUTHE, @ BHYTPEHHSIS CIIM3HCTast 000JI0YKa MATKH OTCIIAMBACTCS U BBIBOJUTCS U3
OpraHu3Ma BO BpeMsI MCHCTPYaIlHH.

HeoOpasHblit MaTtpukc (puc. 15-32). VHunmanums 3aBepuieHHs MeHO3a Y OCBOOOMKIECHHOI'O OOLMTA MPOM30MIET JIMIIL B TOM Cilydae, €Clid OH OyaeT
OILIOZIOTBOPEH CHEPMHEM He I03Ke, YeM Uepe3 CyTKH (WIH 9yThb 00JIee TOro).

Kakum o6pasom mogseM ypoBHs JII', mpoucXomsiiuii B cepeiHe MEHCTPYaJbHOIO IMKJIA, MHULHUPYET co3peBanue oouuta? [lo-Bumumomy,
(domuKyIIpHbIE KICTKH, OKPY)KAIOIIHE OOLHUT, OOBIYHO OKAa3bIBAIOT MHTHOUpYIOIEe BO3ACHCTBHE HA €ro CO3PEBAaHUE, MOCKOIBKY OOLMTHI CIOHTAHHO
BO30OHOBIIIIOT XOJA Mei03a B TOM Ciydae, KOrZla OT HHX YHQJSIOT aHTpaabHble (OIUIMKYIBI U JMIIAIOT Cpefy, B KOTOPOHW KyJIBTHBUDPYETCS OOLHT,
CTUMYJIMPYIOIHUX TOpMOHOB.. IToxbem ypoBHst JII' MOXET CTHMYNHpOBAaTh CO3pEBAHUE SHLEKICTKH ITyTEeM YCTPaHEHHs HHIMOUPYIOLIEro BO3ACHCTBUS
(OTUKYISAPHBIX KIETOK.

OpHa 13 3araloYHBIX 0COOCHHOCTEH CO3PEBaHUS IMIIEKIIETKU Y YeJIOBEKa COCTOHUT B TOM, YTO JIHIIb Majiasi YaCTh U3 MHOTOUHCIICHHBIX aHTPATbHBIX
(OITNKYJIOB, HMEIOLIHMXCS B IMYHUKAX K MOMEHTY €XKeMeCsidHOro BeiOpoca JII', HaunHaeT pacTH, M U3 9THX PACTYIHX (OJUIHKYJIOB TOJIBKO OJVH 3aBepIIaeT
CO3peBaHHE U OCBOOOXKIACT OOLMT: OCTAIbHBIC OOpEdYeHHI Ha JeTeHepaluio. BeposTHO, TOoTYac mociie TOro, Kak CO3peBaHHE «HM30paHHOTrO» (OIIIHKYyIa
JIOCTHIJIO OIPEIENICHHOH KPUTHIECKON TOUYKH, BCTyNaeT B JelCTBHE HEKHI MEXaHU3M OOpaTHOH CBs3H, Olaromapsi KOTOPOMY HHKAKOH Ipyroi (ouiKyn He
MOXXET CO3pETh M IpeTepHeTh OBYJILHIO B TOM K€ LUKJIE. DTO O3HAYaeT, YTO B TEUCHUE HMPHMEPHO 40-JIETHEro PenpoAyKTHBHOIO IEPHOJA Y JKCHIIHHEI
Boiaessercs uib 400-500 siineknerok. OcraBumecs 3 MIIH. OOLIMTOB NEPBOTO MOPS/IKA, UMEBIINECS B OPTaHM3ME K MOMEHTY POXKACHHS, IereHepupyoT. o
CHX IIOp OCTaeTCs 3araJkoi, Hou4eMy OTPOMHOE YHCIIO SHIEKIeTOK GOPMHUpPYeTCs JIHIIb IS TOT0, YTOOBI IOTHOHYTH B IMYHUKAX.

OouuTel BTOPOro HOPsiIKa, OCBOOOXKAAIOIIMECS M3 SMYHHMKA (IPH OBYJSLMH) K KOHIy PEHPOXYKTHBHOIO IEpHOIa, O00pa3yloTCsi M3 OOLMTOB
NIEPBOTO MOPSAAKA, KOTOPBIE MPOBENIN B OcTaHOBICHHOI npodasze I ot 40 no 50 net. JledexTbl, BOZHUKAIOIINE 32 ATO BpeMs B SHLIEKIETKE, MOTYT OBITh
MIPUYUHON BBICOKON YaCTOTBI TEHETUYECKUX aHOMAJIMI Cpellu JeTel, poxKICHHBIX HEMOIOABIMY KeHIMHaMu. Hanpumep 1% nereif y xenius crapuie 40 et
cTpagaer cunopomom Jayua, 00yCIOBICHHBIM TpUCOMUEH 10 21-if XxpoMocoMe (CIeACTBHE HEPACXOXKICH S COOTBETCTBYIOLINX FOMOJIOTOB IIPHU JEICHUH sIpa
co3peBatoliero oouura B Mmeiose ) (puc. 15-33).

15.3.8. Cnepmuu oT/IM4HO NpUcnocod/ieHbl A5 BHecenus cBoeii JIHK B siinexierky [15]

V GoJbIIMHCTBA BUJOB UMECTCA JBa BUJA raM€T, MOPA3UTEIIBHO OTIMYAIONIUXCS APYr OT Apyra. Ecmm ﬂﬁHeKHeTKa - OJlHa U3 CaMBIX KPYIHBIX
KJICTOK
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OpraHu3Ma, TO CHEepPMMil (WIM CHepMaTO30HA) OOBIYHO MEHbIIE BCEX IPYTUX KIETOK.
SliinexsieTka ¥ CIepMaro30M]i HAaWiIydldM o0pa3oM, HO IO-pa3sHOMY, MPUCIIOCOOJICHBI IJIst
pacmpoCTpaHEeHHs HMEIOMUXCA B HHX TIeHOB. JSliinexieTka oOecIednBacT BBDKHBAEGMOCTh
MAaTepPHHCKUX T'CHOB 32 CYET OOJBILINX 3allacOB BELIECTB, HEOOXOAUMBIX JJI POCTA M PAa3BUTHSA, &
Talke Onmarogaps NpeKpacHOM 3alUTHOM o0osouke. B NpPOTHMBOMOJIOKHOCTH 3TOMY
CIepPMATO30H ], OOBIYHO HAMIY4YIIMM OOpa3oM CIpaBIACTCS € 3ajadell OIUIOAOTBOPECHHS U
COXPaHEHHUsI OTLOBCKHX I'€HOB OJarofapsi TOMy, YTO SBIISICTCS HUCKIIOYHUTENBHO MOJBHKHBIM U
obnanaer oOTtekaemoil Qopmoii, mno3Bossromield emy ObicTpo aBurarbcsa. CrepMaTo30ujibl
JCHCTBYIOT B YCIOBHSX OKECTOYAHIIEH KOHKYypEGHIHH, M MOAABIAIONICE HX OONBIIMHCTBO
morubaeT B MpOIECCE WCIONHEHUs CBOEH MHCCHM: M3 MWUIMApJOB CIIEPMaTO30MJOB,
BBIICJISIEMBIX MYXXKYMHOM B TEYEHHME PENpPOAYKTHBHOTO MEPHOAA >KU3HU JIHIIb CUMTAHHBIC
€IMHULBI JOCTUTAIOT CBOEH 1IN U OILIOAOTBOPSIOT AHIEKICTKY.

Tunuunelid cmepmuii (puc. 15-34)-5T0 KileTka, CHaOXKCHHAsT MOLIHBIM JKTYTHKOM,
Gularojjapst KOTOPOMY OHa JIBMJKETCSI B JKHJKOW CpeJie; IPU 3TOM CIIEPMHN «U30aBJIE€H OT BCEro
JHUIIHETO» M HE OOPEeMEHEH TAaKUMU OpraHelaMu, Kak pPHUOOCOMBI, JHAOIUIa3MAaTHYCCKHII
PETHKYJIyM WM ammapar ['oJIbJDKH, NPUCYTCTBHS KOTOPHIX He Tpebyercs st mepemadn JJHK
siinexsierke. C 1pyroil CTOpOHbI, CHEPMUU COJEP)KAT MHOTO MHUTOXOHIPHH, PacliOI0KEHHBIX B
T€X MECTaxX, IJie OHM MoOryT Haumbosiee >ddexTrBHO cHaOXKaTh SHeprueil xrytuk. Cnepmuit
OOBIYHO COCTOMT U3 JABYX Mopdoiormdeckd U (YHKIHOHAIBHO pPA3NIUYAOMUXCS YacTeH,
3aKJIIOYCHHBIX B CIMHYIO IUIa3MaTHYECKyI0 MEMOpaHy: M3 rOJIOBKH, COAEpXKalleld HeoObluaiHO
CHJIBHO YIUIOTHGHHOE TaIUIOMJHOE $APO, M XBOCTA, KOTOPBI NPOABHTacT BCIO KIETKY IIO
HAIPaBJIEHHUIO K SIHIy U COCOOCTBYET IPOXOXKCHHIO FOJIOBKY Uepe3 siieByto obonouxy. JJHK B
sape HEaKTHBHA M MCKIIOYMTENBHO IUIOTHO YIAKOBaHA, TaK 4TO O0OBEM €€ HOBElEH 10
MHHEMyMa. XpOMOCOMBI MHOTHX CIIEPMATO30HIOB OOXOIITCA Jaxe Oe3 THCTOHOB,
CBOIICTBEHHBIX COMATHYECKHM KJICTKAM, BMECTO O3TOTO 3[eCh HMEIOTCS HpOCThIC OCIKH,
oOJafatonye 60IbIINM HOJ0KHTEIbHBIM 3aPSI0M.

B ronoBke cmepmusi, BIUIOTHYHO K TIEPEAHEH 4YacTH sIepHOW MeMOpaHsbI,

pacronaraercsl CleIHANIN3HPOBAHHBIA CEKPETOPHBI ITy3bIpeK, Ha3bIBaeMbIH aKPOCOMOii (puc.
15-34). DTOT my3BIpEK COACPKUT TUAPOIUTHYECKHE (EPMEHTHI, IMO3BOJIIOLINE CIIEPMHUIO
MIPOHHUKHYTh CKBO3b HapY)KHBIC fiIeBble 000710uKkH. Korzma ero roixoBka MpUXOAUT B KOHTAKT C
SHIEKIIETKOM, CONEPIKIMOE aKpOCOMBI BBICBOOOXKIACTCS ITyTeM JK30IMTO3a (TaKk HasbIBaeMast
akpocomanvHas peakyusi). Y OCCIIO3BOHOYHBIX B XOJE€ BTOH PEAKIMH BBIBOAATCS HAPYKy
cneuuduyeckre OeNKU, NPOYHO NPUKPEIUIAIONINE CHEPMHUH K SiIeBoil oOomouke (cM. pasn.
15.4.2).
ITomBYOKHBIH XBOCT CIEpMHUsI NPEICTAaBIsAeT COOOI IUIMHHBIN JKI'YTHK, aKCOHEMa KOTOPOIro
HauMHAeTCcs 0T 0a3aJbHOIO TENblIA, PACIIONOKEHHOTO cpasy 3a sapoM. Panee (pazn. 11.3.5) yxe
TOBOPHJIOCH, YTO AKCOHEMa COCTOMT U3 JBYX OJHHOYHBIX IIEHTPAIbHBIX MHKPOTPYOOUeK,
OKPY)XCHHBIX JEBATHIO PABHOOTCTOSIUMMHU JApYr OT Jpyra ayOieTamMH MHKpOTpyOouek. Y
HEKOTOPBIX JKHBOTHBIX (B TOM YHCJIE y MIICKONHUTAIOMNX) JKTYTHK CICPMHS OTIMYAETCA OT
JPYTHUX KTYTHKOB TEM, YTO BOKPYT €0 aKCOHEMBI JISKAT €Ie JEBSITh GHEUHUX NIONHbIX 80I0KOH
HEU3BECTHOTO COCTaBa, TaK YTO BMECTO OOBIYHOI cXeMbl 9 + 2 MBI nMeeM 371ech cxemy 9 + 9 + 2
(puc. 15-35 u 15-36). DTH MIOTHBIE BOJIOKHA XECTKM M HE MOTYT COKPALIaThCs; HEM3BECTHO,
CIOCOOCTBYIOT JIH OHU JHEPIHYHBIM H3THOAaM JKI'yTHKA, KOTOPBIE BBI3BIBAIOTCS CKOJIBKCHHEM
COCEIHHX IyOJeTOB MHUKPOTpYyOOUeK OTHOCHTENbHO Ipyr apyra (pasa. 11.3.6). Duepruto uis
JBIDKCHUS KTYTHKA TIOCTaBIIAET THAPOIIH3 ATP, CHHTE3HPYEMOTr0
BBICOKOCIICI[AIN3HPOBAHHBIMI MHTOXOHJPUSMH, KOTOPBIE HAaXOISTCS HMEHHO TaM, IZie OHH
OoJibllle BCEro HYXHBI, T. €. B IepeIHed 4YacTH XBOocTa (Ha3bIBAGMOW cpedueil uacmvio
cnepmamo3souoa) (puc. 15-34 u 15-35).
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e e Puc. 15-35. Cpezmnsas 4yacTh CIepMaro3oMaa MIIEKONHUTAIONIETO B

AKCOHEMBI MONepeyHOM pas3pe3e (IO JaHHBIM 3JICKTPOHHOW MHKPOCKOIUHM).
JKryTHK COCTOMT M3 aKCOHEMBI M JCBSITH OKPY/KAIOIIUX €€ IUIOTHBIX
BOJIOKOH. AKCOHEMa IIOCTPOEHA U3 JBYX OJMHOYHBIX MHKPOTPYOOUeK,
OKPYXEHHBIX AEBATHIO JBOMHBIMH MHMKPOTpyOOoukamu. Pacronoxenue
MHUTOXOHJIpUH (M300pa’keHa B [[BETE) OTIIMYHO 00ECIEUNBACT JOCTABKY
ATP, He0OX0MMOTO ISl JIBUKCHHUS XKTyTHKA; €€ HEOOBIYHOE CTPOCHUE
SIBISIETCSL PE3yJIbTaTOM CIMSHHUS OTACIbHBIX MUTOXOHJIPHI BO BpeMs
nuddepeHINPOBKU CriepMaTHIIbI

Mnazmarudeckan
membpada

MnoTHoe BonoKHO

L J
0,5 micm

15.3.9. Y MHOIMX MJICKONUTAIOIIHX CIIEPMHH 00pa3yloTCsi OCTOSIHHO [16]

Mesxay mpoueccamMu 0Opa3oBaHUs SHLECKICTOK (OOTCHE3) M CIePMATO30MI0B (CHEPMATOreHe3) y MIICKOMHTAIOMIMX CYLICCTBYET PS BaXKHBIX
paziuuuii. HampumMep, MBI yske TOBOPHIIU O TOM, UTO Yy KCHIIUH Ha paHHEH cTaguy SMOpHOTreHe3a U3 Pa3MHOKAIOIIMXCSl OOTOHHI 00pa3yeTcs orpaHHIeHHOS
YHCIIO OOLMTOB, KOTOPHIE YePE3 ONPEJIETICHHbIC IPOMEKYTKH BPEMEHH I10 O4epPEaN MPETEpIeBaroT oy 0. C Ipyroil CTOPOHEI, CIIEPMATOTCHE3 Y MYKUHH
HAYMHACTCS TOJBKO IOCJIE IMOJIOBOTO CO3PEBAHHS M 3aTEM HEMPEPHIBHO IPOJOJDKACTCS B SMHUTEIHAIBHOM BBICTWIKE OYCHb JUIHHHBIX, CHJIBHO HM3BHTBIX
TpyOOUeK, Ha3bIBAEMBIX CeMEHHbIMU KAHANbYAMU, KOTOPBIC HAXOMATCS B CEMEHHHKaxX. Hespenble MOJIOBBIE KJICTKH, Ha3bIBacMble CHEPMATOrOHHSIMH,
pacrioyiarajoTcsi Ha caMmoii nepudepun kaHaibla, y 0a3anbHON MeMOpaHbI, T€ OHM BCE BpeMs JCNATCSA IMyTeM MHUTO3a. HekoTophle M3 JOYEPHHX KIIETOK
[EPECTAIOT JEIUThCS U AU(PEPCHIUPYIOTCS B CIEPMATOLMHUTDHI NEPBOro MOpsiiKa. DTH KICTKU BCTyHaioT B | mpodasy meiio3a, B KOTOPO# HPOUCXOIUT
KPOCCHHI'OBEP MEXIy HX CIIAPEHHBIMH T'OMOJIOTHYHBIMH XPOMOCOMAaMH, a 3aT€M 3aKaHYMBAIOT IIEpBOE JeleHue, oOpa3ys I0 JBa CHepMATONHTA BTOPOro
MOPSIZIKA; Y YeJIOBEKa KaXK Al U3 HUX COJACPXKUT 22 JYITMIHPOBAHHBIC ayTOCOMBI H OJIHY JYIUIMIMPOBaHHYI0 XpoMocomy X mwmm Y. Kaxkaas xpomocoma mo-
HPEXHEMY COCTOUT M3 ABYX CECTPMHCKHMX XPOMATH[, U KOrja oba crepMaronurta BTOPOrO MOPsAKA IPETeprIeBalOT BTOPOE JACICHHE Meio3a, 00pasyroTcs
4eThIpe CHePMATHABLI C TAIUIOMAHBIM YHCIOM OIMHOYHBIX XPOMOCOM. 3aTeM TaKkue TaIUIOMAHBIE CHepMaTHIbl B pe3ynbTaTe MOpP(HOIOrHIecKOn
I GepeHIPOBKU MIPEBPAILAIOTCS B 3pelible CIIEPMHH, KOTOPBIE BBIXOAAT B IIPOCBET CEMEHHOro KaHambna (puc. 15-37 u 15-38), a nosnHee - B npudamox
CeMeHHUKdA, TPEACTABISIOMMI cO00i M3BUTYI0 TpyOOYKy, OXBATHIBAIOLIYI0 CEMCHHHUK; 3[€Ch CIICPMHMH HAKAIUIMBAIOTCS U 3/€Ch K€ IPOIODKACTCS HX
CO3pEBaHHME.

IMono6HO oOOTeHe3y, cHepMaTOreHe3 HAaXOAWTCS II0J BIMSHUEM TOPMOHAIbHOW perymsuuu. Ilocne HacTymuieHHs IIOJNOBOH 3penocTd runodus
My KYHHBI HAYMHACT BBIACISTH TOPMOH, O KOTOPOM YK€ TOBOPHIIOCH IPH 00CYXKACHHN 00TCHE3a Y MICKOIMUTAOIIHNX; 3TO JIFOTCHHU3UpYommii ropmon (JII).
Ilox BozmeiictBuem JII' xnerku Jlelinura, pacroio)KeHHbIC MEXIy CEMCHHBIMH KaHAIbL[AMH B CEMCHHHKAX, BBIICISIOT OOJBIIHE KOIMYECTBA MYMKCKOTO
HOJIOBOTO TOpMOHA mecmocnepona. Ilocnennuii B CBOIO ouepe]b MHULMUPYET CIHEPMATOrEHE3; BO3MOXHO, 3TO IMPOMCXOMUT Oliarofapst ACHCTBUIO
TECTOCTEpoHa Ha Kiemku Cepmonu, KOTOPBIC CIUIOMIHBIM CIIOEM HOKPHIBAIOT PA3BUBAIOLIMECS CIICPMHM, 3allMIIas UX U obecrednBas ux nuranue (puc. 15-
38).

OgiHa W3 3arajlouHBIX U YHUKAJIBHBIX OCOOCHHOCTEH CIIEpMHEB COCTOMT B TOM, 4TO B IIPOLECCE MX Pa3BUTHS MUTOTHYECKHME M MeHoTHYecKHe
JICIICHHsI HE COIPOBOXK/AIOTCS IMOJHBIM, JOBEJCHHBIM 10 KOHIA JACICHHEM LHUTOILUIa3Mbl (LIUTOKMHE30M); MO3TOMY Bce AU(DPEpEHUHPYIONMECs JoUepHUE
KJICTKH, IPOHCXOMSIINE U3 OJHOIO CIEPMATOTOHHMS, COCAWHEHBI IUTOILIa3MaTHYECKMMH MocTHKaMu (puc. 15-39). Takue MOCTHKH OCTAaloTCS O CaMoOro
KOHI@A (P PepeHIIUPOBKH CIIEPMHEB, T. €. IO TOrO MOMEHTA, KOT/Ia OT/IC/IbHBIC

i Puc. 15-36. IlomepeuHslii cpe3 MKI'yTHKa CIIEPMaTO30HAA MOPCKOI
CBUHKM  (3JIEKTpOHHas  MuKpodororpadus). 31eck  OTCYTCTBYIOT
MUTOXOHJIPHH, IIOCKOJIBKY CEYCHHEC MPOU3BEACHO B OOJIACTH XBOCTa
CIIepMaTO30H/1a, 103311 €r0 CpeHel YacTh. B npencTaBieHHOM yJacTke
KTyTHKa J[BA U3 JICBATH IUIOTHBIX BOJIOKOH OKAaHYMBAIOTCS U CIMBAIOTCS C
BHEIIHEH BOMOKHUCTON 06o0soukoit. (C mobe3Horo paspemenus Daniel
S. Friend.)
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Puc. 15-37. Pasnuunsle craguu cepmaTorenesa. CIiepMaTOroHHH Pa3BHBAIOTCS M3 IIEPBHYHBIX MOIOBBIX KJICTOK, METPUPYIONINX B CEMCHHUKH HA paHHEH
cTaauy SMOPHOHANBHOTO pa3BUTHs. Korna )uUBOTHOE HOCTUraeT MOJIOBOIT 3pENIOCTH, CIEPMAaTOrOHHU HAYMHAIOT OBICTPO PAa3MHOMKATHCS, IIPUYEM JacTb U3 HX
MIOTOMKOB COXPaHsET CIIOCOOHOCTh K HEIPEPBIBHBIM HEOIPAHUYCHHBIM ACJICHUSM (CIIEPMaTOrOHUH THIIA CTBOJIOBBIX KJICTOK), @ APyras 4acTh (CO3peBarolue
CIIEPMATOTOHHUM) TTOCIIE OIPAHNYCHHOTO YHCIA OCICA0BATEIFHBIX MUTO30B IIPUCTYIIACT K MCHO3Y, IPEBPAIIAsiCh B CIIEPMATOLMTHI IepBoro nopsiaka. [ocie

3aBEepIICHHS] BTOPOTO JSNCHHS Mei03a CIIePMATOLUTHI IIEPBOTO IOPSIKA IPEBPAIIAIOTCS B TAIIOUAHBIE CliepMaTH/bL, 1 (hepeHIUPYIOMHIecs B 3peible
cnepmuu. CriepMaTorenes oTiiMyaercs ot oorexesa (puc. 15-25) B HECKOJIBKMX OTHOIICHMSX: 1) MOCIIE MOJIOBOTO CO3PEBAHUS B MEHO3 HENPEPHIBHO BCTYHAIOT

HOBBIC KJICTKH; 2) U3 KaXJJOM MPUCTYMUBILICH K MEHO3y KJIETKH 00pa3yeTcsl He OJJHA, a YSThIPE 3peJible TaMeThl U 3) 3pelible ciepMud (GOPMUPYIOTCS TIOCIIE

3aBeplIeHHs Melio3a B X0JI€ CIIOJKHOTO Ipoliecca KIeTOYHOU U (epeHIIMPOBKH.
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Puc. 15-38. Kpaiine ynpouieHHas cxema NOINEPEYHOr0 pa3pe3a CEMEHHOT0 KaHallblla U3 CEMEHHUKa MilekonuTaromuiero. 4. Ha Bcex
MIPEZICTAaBIICHHBIX 3JIECh CTA/HAX CIIEPMATOreHe3a Pa3BHBAOIIMECS TaMEThI TECHO CBA3aHbI ¢ kiemkamu Cepmoau; OCIIEIHIE MPEACTABIAIOT CO00H KPyITHBIE
KJICTKH, 3aHHUMAIOIIUE IPOCTPAHCTBO OT 6a3aIbHON MEMOpaHBbI 10 IIPOCBETA CEMEHHOTO KaHaibla. Ha Xo/ ciepMaroreHesa Okas3blBacT BIMSHUE TECTOCTEPOH,
BBLICISCMBIi knemKkamu Jletiouea, KOTOPBIE PACIIOIATAOTCS B IPOMEXKYTKaX MEXKITY CCMCHHBIMH KaHaIbLaMH. b. Jlemsimecs CiepMaTOrOHUH HaXOJISTCS
BONM3M Ga3anbHOI MeMOpaHbl. HekoTopble U3 3THX KJIETOK NMEPECTAIOT ACIHUTHCS ITyTeM MHTO3a M IIPUCTYNAIOT K Mei03y, PEeBpaIlasch B CHEPMATOLUTHI
HIEPBOTO MOPsiKa. B KOHIIE KOHIIOB 3peiible CIIEPMHH BHIXOJAT B IPOCBET KaHaNbLa. 3aBEpPIICHAE CIEPMATOLUTOM Mei03a U IPEeBPAIEHUE €ro B CIEPMATHILY

3aHHMaeT y 4elIoBeKa OKOJIo 24 THel, U eme 5 Helenb TpeOyeTcs Ha IpeBpalleHne ciepMaTuasl B ciepMuii. CHepMHH IpeTepreBaloT JaabHenee
cO3peBaHKe, 0OPETAIOT MOJBIKHOCTD B IIPUJIATKE SMYKA U JIMIIb TOTJJa CTAHOBSITCS COBEPIICHHO 3PEIIbIMH.

CIIEpMAaTO30H bl TIEPEXOAIT B MPOCBET KaHAIbLEB. ['pynma KIETOK, CBS3aHHBIX MOJOOHBEIM 00pa3oM, HasbIBaeTCs cumyumuem. Hammame 5ToH CTPYyKTyphl
00BACHSIET CHHXPOHHOCTB TMOSIBJICHHS 3PEJIbIX CIIEPMUEB B JIFOOOM JaHHOM y4acTKe CEMEHHOTO KaHaJIbIIa.

15.3.10. Sinpa ciepMueB ranJionHbl, 0JHAKO, IpoueccoM Ju(pdepeHIIIPOBKH ITUX KJIETOK YNPABJIsieT JHIUIOUAHBINH FeHOM
[17]

B omnmume 0T AHLEKIECTOK y CIIEpPMATO30HAOB HG(EepeHINPOBKa B OCHOBHOM OCYIIECTBIISIETCS IOCTE TOTO, KaK OHH 3aBEpIIAIOT Meifo3 H
CTAHOBATCS TAIUIOUIHBIMH. brarogaps IMTOIUIa3MaTHYECKHM MOCTHKAM, KaXKABIH Pa3BHBAIOIIMICS TAIUIOMIHBIN CIEpMHII MOXET IIOIydYaTh Bech HaOOp
HPOJIYKTOB MOJIHOTO AUILIOMAHOrO reHoma. To, uto audepeHunpoBKoii ciepMueB, Tak ke Kak 1 An((pepeHINPOBKOI AHIIEKICTOK, YIIPaBIACT JUIIONIHBIH
TEHOM, Ba)KHO IO ABYM HpHYMHAM. Bo-IepBBIX, B HCXOIHOM JHIUIOMIHOM TIE€HOME, KaK IPaBHIIO, COAEPXKUTCS HEKOTOpOe YHCIO Ae(EeKTHBIX ayulenei -
PELIeCCUBHBIX JIETANBHBIX MyTanuid (pa3n. 15.1.4); rammongHas KiIeTka, IOTydYHBINas OJUH U3 3THX AS(PEKTHBIX ajulelneil, BeCbMa BEPOSTHO, IIOTHOHET, eCIIU
OHa He OyJeT obecredeHa NPOAYKTaMH HOPMAJbHOTO AJUIENs, 3aKOJAMPOBAHHBIMU B APYIHMX sSApaX, KOTOPbIE €ro cojiepikaT. Bo-BTOphIX, y HEKOTOPBIX
OpraHU3MOB (HAaIPUMEp, y YEJIOBEKAa) OJHHU CIIEPMHHU MOJIYHalOT NMpH Meitoze X-xpomocomy, a npyrue - Y-xpomocomy. ITockonbky X-XpoMocoMa COAEPKHUT
MHOT'O BeChMa Ba)KHBIX I'€HOB, OTCYTCTBYIOIIUX B Y-XpPOMOCOME, MOXKHO JyMaTh, YTO €CIH ObI HE IUTOIUIA3MATHICCKIE MOCTHKH MEX/Y Pa3BHBAIOIIIMICS
CNIEPMHSAMH, TO T€ M3 HUX, KOTOPBIC TIOTYy4YMIH Y-XPOMOCOMY, HE BBIKHIIM OBI, M B PE3yJIbTaTe B CICAYIONIEM TOKOJIICHHH HE ObUIO ObI HM OTHOTO MY KYHHBIL.

U B camoM fere, UMEIOTCS IPSAMBIE YKCIIEPHMEHTaIbHbIC JaHHBIE O TOM, 4T0 AU(dEepeHINPOBKOIT CIEpPMUEB YIPABILIOT IPOAYKTH! TUIIOHIHOTO
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Puc. 15-39. Dta cxema noka3blBaeT, KAKUM 00pa30oM MOTOMKH OJJHOTO CO3PEBAIOIIET0 CIIEPMATOTOHHS Ha IPOTSDKEHUH BCEro nepuoaa nuddepeHunpoBKy Ux
B 3peIIble CIEPMHHU OCTAIOTCSI CBSI3aHHBIMU JIPYT C IPYrOM IUTOILIA3MAaTHYECKHMH MOCTUKAaMH. J{JI IPOCTOTHI TOKA3aHO, YTO B MUTO3 BCTYIAIOT TOJBKO JBa
CO3PEBAIOLINX COCANHEHHBIX CIIEPMATOTOHHS, U3 KOTOPBIX B KOHEUHOM cUeTe 00pa3yroTcsi BOCEMb CBA3aHHBIX MEX/Ly co00ii raruionaHeIx crepmarui. Ha
CaMOM JIeJIC YHCIIO CBS3aHHBIX KJICTOK, IPOXOMSIINX ABa ACICHUS MEH03a H COBMECTHO AN(D(HEPCHIUPYIONNXCS, 3HAYUTEIBHO 0OJIbIIE, YeM 3/1€Ch [I0Ka3aHo.

reHoMa. YacTb TakuX JaHHBIX ObUIA MOJIydYeHA IIPH HCCICAOBAHUU 0eQeKmHbIX 8 OMHOUEHUU PACXOAHCOCHUS. XPOMOCOM MYMAHmos APo30(HIIbl, y KOTOPBIX B
nporecce Meiio3a XpOMOCOMBI HEPABHOMEPHO PACIIPEACIISIOTCS MEX/LY JOYCPHUMH KIIETKAMU; B Pe3yJIbTaTe OJHH CIIEPMATO30H/bI COIAEPHKAT CIHIIKOM MAJIo
XPOMOCOM, JPYTHe - CIHIIKOM MHOTO, @ Y HEKOTOPBIX MX BoobGuie HeT. [TopasutensHo TO, 4To AU((EpeHIHPOBKA BCEX ITUX KIIETOK, JaXe TeX, B KOTOPHIX
BOBCE HET XPOMOCOM, IIPOTEKAeT HOPMAIBHO. DTOT (aKT MOKHO OOBSICHHTh HAa OCHOBE YIOMSHYTOTO BBIIIE HPEIONOKEHHS: MPOIYKThI HEJOCTAIOMINX
XPOMOCOM MOTJIH Obl JOCTABIATHCS MyTeM AUGOY3UH 10 LMTOIUIA3MATHYECKMM MOCTHKAM, CBSI3BIBAIOIINM COCEIHHE KIETKH. He HCKIIOYeHO u MHOe
00BsICHEHHE: B AMIUIOMAHBIX CIIEPMATOTOHMSX WM CIIEPMATOLMTAaX IIEPBOTO MOPsAKAa MOTYT 3apaHee, elle J0 Meifo3a, CO3AaBaThCsl «HHCTPYKLHH» IS
1 epeHInpoBKH criepMust (PEIONIOKUTENBHO B BUe JoaroxuBymux MPHK), tak 4o HeT He06X0AMMOCTH B QYHKIIMOHUPOBAHUHU IaIlIOMIHOTO TeHOMa
B epro[ camoit auddepenunposku. HesaBucumo ot



42

TOT0, KaKoe U3 9TUX OOBACHEHHH BEPHO, OUEBUIHO, UTO IpU JU(MPEPEeHIHPOBKE CHEPMHU HCIOIB3YIOTCS MPOLYKThl 000MX XPOMOCOMHBIX HaOOpPOB, XOTS
COOCTBEHHOE S/IPO KIETKH IIPU 3TOM TalIONIHO.

3akaouenune

Hilyexnemxu paseusaiomcs u3 nepeUdHbIX NON0GbIX KIEMOK, KOMOpble HA PaHHel CMmaoui paseumus OpPaHusMa MUSPUPYIOM 8 SAUMHUK U
npespawaromes mam 6 oo2onuu. Ilocie nepuoda Mumomu4ecko2o pasmMHONICEHUs 002OHUU CIAHOBAMCA OOYUMAMU NePEO20 NOPAOKA, KOMopble, 6CHIYNUE 6
nepeoe Oenenue meio3a, 3a0epaicusaiomcs 6 npogase I na spems, usmepsiemoe Cymkamu Ui 200amu 6 3a6UCUMOCIU OMm 6uda opeanusma. B nepuoo smoii
3a0epocku ooyum pacmem u Haxaniusaem pubocomsl, MPHK u 6enku, 3auacmyio ucnonvsys npu 3mom Opyeue KIemKU, 6KIOYAs OKpydcaioujue
6cnomozamenvHble Kkiemku. Jlanbreliuee paseumue (cospesanue AlYeKIemKu) 3a6UCUM OM NOIUNENMUOHBIX 20PMOHOS (20HAOOMPONUHOE), Komopbie,
6030€liCmys HA OKpYIICalowue Kajicowlll 00YUm 6CHOMO2AMeNbHble KIemKi, NoOYICOaom ux uHOyyupo8ams co3pesanue HeboIbol acmu ooyumos. Imu
ooyumul 3aéepuiarom nepgeoe Oeiienue Metiosd, 00pasys MaileHbKoe NoiapHoe menvye U KPYnHolil 00YUm 8mopo2o nopsaoKd, KOMOpslil No3ice nepexooun 6
Memagpazy 6mopozo OeneHus Meuosda; y MHO2UX 6UO08 OOYUM 3A0epPICUBAEIC HA SMOU cmaouu 00 mex nop, Noka ONnI000OmeopeHue He UHUYUupyem
3asepuienue Meto3a u Havano passumus SMOPUOHA.

Cnepmutl 0bbiuno npedcmagisiem coOol MANEHLKYIO U KOMRAKMHYIO KIEmKY, KOMOPAs 6 GblCOKOU CMeneHu CReyuamusuposana ons QyHkyuu
snecenus ceoell [JHK 6 aiiyexnemky. B mo épemsa Kax y MHO2UX OP2AHU3MOE 6eCb NYI OOYUMOE 00pA3Yemcs euje Ha PAHHel CMaoul pazeumus CamKu, y
camyos nocie HACmynieHnus noniogol 3penocmu 6 Melio3 HenpepbleHO 6CHYNAIOm 6ce HOBble U HOBble NOJ0Bble KIeMmKU, Npuvem Kaxcoblil CnepMamoyum
nepeozo NopsAoKa Oaem HAuano uemwlpem 3penvim cnepmusm. JJugpgpepenyuposka cnepmues ocywjecmensiemcs nocie metiosa, ko20a s0pa 2aniouoHsl.
O0Hako, NOCKONbKY NpU MUMOMUYECKOM OeleHUU 3DenblX CNepMamoOHues U CRepMamoyunos YumokuHes He 00800UMCA 00 KOHYA, NOMOMKU OOHO20
CNepMamozonus pazeusaiomcs 6 eude cunyumus. B cesasu ¢ amum ouppepenyuposrka cnepmusi mModicem KOHMPOIUPOBAMbCS NPOOYKMAMU XPOMOCOM OM
0boux pooumeineii.

15.4. OnnogorBopenue [18]

ITocne cBOETO BBIXOZA U3 TOHAMBI KaK SHIEKICTKA, TAK U CIICPMHIL 00peUcHbI Ha rHOCIb B CYNTAHHBIC Yachl, €CIIM OHHU HE OTHILIYT APYT APYyra u He
COJIBIOTCS B TIpOIECCE OMJI0A0TBOpeHns. OMIONOTBOPEHHE CIIACACT 3TH KJIETKU OT rMOenu: siIeKIeTKa aKTHBUPYETCS M HMPHUCTYNACT K OCYIIECTBICHUIO
HPOrpaMMbl Pa3BUTHSA, a SApa JBYX raMeT CIHBAIOTCS, GOPMUPYsSI TAKUM 00Opa30M I€HOM HOBOTO OpraHu3Mma. bomblias 4acTh TOTO, YTO HAM M3BECTHO 00
OILIOIOTBOPEHHH, - ITO PE3yJIbTaT MCCICIOBAaHUI HA MOPCKHX OECIO3BOHOYHBIX, B OCOOCHHOCTH Ha MOPCKHX exax (puc. 15-40). Y monoOHBIX OpraHu3mMoB
OIIOJJOTBOPEHNE OCYIICCTBIAETCS B MOPCKOH BOZE, KyZla BBIBOASATCS OTPOMHBIC KOJNMYECTBA CIIEPMATO30MIOB M sAMI. Takoil mpouecc HapysicHozo
oni100omeopenus Topasio bosee JOCTYHCH I H3Y4CHHs, YEM GHYmMpeHHee Onlo0omeopenue Y MICKOIMUTAIOINX, OCYIICCTBISIONICECS B MOJIOBBIX MyTAX
caMKd. B cBs3m ¢ 3TMM Hame OOCYXKICHHE OILIOAOTBOPCHHsI OyIET OTHOCHTHCS IJIABHBIM 00pa3oM K MOPCKHM eXaM. HecMOTps Ha OrpoMHY0
SBOJIIONUOHHYIO JUCTAHIIHIO, KOTOPasl OTJEISCT MICKOIUTAIONINX OT MOPCKUX €Xeif, KIETOUHbIe H MOJIEKY/ISIpHbIe MEXaHU3MBI, JIeXalllie B OCHOBE Ipolecca
UX OIIOJIOTBOPCHUSI, O-BUANMOMY, BECbMa CXOZHBL.

Puc. 15-40. ®ororpadust 1ByX BHJOB MOPCKHX €XKEH, OOBIYHO HCIIONIB3YyEMBIX IIPH U3Y4YEHHHU OIIOA0TBOpeHus. HaBepxy nokasan Strongylocentrotus
purpuratus, Buu3y Strongylocentrotus franciscanus. ®@otorpaduu nmo4tu B HatypanpHyro Bennunny. (C mro0e3Horo paspemenus Victor Vacquier.)
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15.4.1. KoHTaKT €0 cTyAeHUCTOl 000/104K0Hi Aiilla UHUIMHPYET y CIEPMUH MOPCKOI0 €:Ka AKPOCOMAJIbHYI0 peakumio [19]

V caMKH THTIHYHOTO MOPCKOTO €Ka B opraHu3Me comepskutcst 107 s, a y camma - 10'? criepMumeB, 9T0 1aeT BO3MOYKHOCTB MONydYaTh TaMeTHl
MOPCKOT'0 €Xa B OYeHb OOJBIINX KOJMYECTBAX B BHAE YHCTHIX IONMYJIALMIA, T Bce KICTKH HAXOMATCS HA OJMHAKOBOW cTaauu pasBuTHs. Ilpu cmemeHnu
raMer pasIM4HBIC STalbl B3aHMOJEHCTBHA CHEPMHEB C AHLEKIETKAMH IPOTEKAIOT CHHXPOHHO C TOYHOCTBIO 10 ceKyHA. IIpomecc omnoaoTBopeHHs
HAYUHACTCS B TOT MOMEHT, KOTJIa TOJIOBKA CIIEPMHUS MPUXOAUT B CONPUKOCHOBEHHE CO CTYIEHHUCTOH obosoukol (puc. 15-24) siinexnerku. Takoil KOHTaKT
HUHULUHUPYET y CIIEPMUS AKPOCOMAJILHYIO PeaKIHIo. B 3T0ii peakiuu coiepxuMoe akpoCOMBI BEIBOAUTCS B OKPYIKAIOIIee IIPOCTPAHCTBO. Y MOPCKUX €XeH U
MHOTHX JPYIMX MOPCKHX O€CIO3BOHOYHBIX BBICBOOOXKICHHE COJACPKHMMOTO aKpOCOMBI COIPOBOXKAACTCS OOpPa30BAHMEM JUIMHHOTO COJCPXKAILETO aKTHUH
AKPOCOMATBLHOTO O0TPOCTKA, KOTOPHIH BBHITATUBACTCS U3 IEpEIHEro KoHIa crepmus. Kak mokasaHo Ha puc. 15-41, KOHYHMK 3TOTO OTPOCTKA MOKPHIBACTCS
KOMITOHEHTaMH OBIBIEH MEMOpaHBI aKpOCOMBI, a TAKXKE COACPIKHMBIM aKPOCOMBI, BKIIOYAIOMUM: 1) THAPONUTHYECKHE (EPMEHTHI, ¢ IOMOIIBIO KOTOPBIX
CHEPMUI MPOXOIUT Yepe3 CTYIACHUCTYIO 000JIOUKY SHLEKICTKU U JOCTUIaeT BUTEIUIMHOBOTO c1ost; 2) crnenupuyueckue Oeskyu, o0ecreyBaroIie CBA3bIBaHNE
BEPXYIIKH OTPOCTKA C BUTEJUIMHOBEIM CIIOEM (CM. HUKE), M 3) THAPOIUTHYCCKHE (PePMEHTEI, Oarofapsi KOTOPHIM aKpOCOMAIBHBIH OTPOCTOK IIPOKIIA/IBIBACT
cebe myTh CKBO3b 3TOT CJOH K IUIa3MaTHYeCKoil MeMmOpaHe sinexneTku. Ilpu KoHTakTe MeMOpaHa Ha KOHYMKE aKpOCOMAIbHOIO OTPOCTKA CIUBACTCS C
MeMOpaHOU SIMIEKIETKH, YTO TO3BOJIACT AAPY CIEPMATO30MAa BOMTH B siLiekeTKy (puc. 15-41).

VY cmepMHeB MOPCKOTO €Xa aKpOCOMAlbHYIO PEaKIUIO BBEI3BIBACT IONUCAXapPHAHBIA KOMIIOHEHT (TIOJIMMEp CyJIb(paTHpOBAaHHOH (PYKTO3BI)
CTYJCHHUCTON O00OJIOUKH SIHIIA: €CIM BBIICNUTh 3TO BEIECTBO 3 SIMI M JO0OABHUTH €ro K CIEPMATO30HMJaM, OHO 32 HECKOJBKO CEKYH] MHULUHPYET OOBIYHYIO
aKpocoMallbHyIo peakiuio. [lonucaxapus cTyIeHUCTOH 0OOJOUYKH CBSI3BIBACTCS C TNIMKONPOTEHHOBBIM PELENTOPOM ILIA3MaTHUECKOH MeMOpaHbl CIEpMHS,
BBI3BIBAA €€ JIETIONAPH3AIINIO; TI0-BUIMMOMY, B PE3yJIbTaTe TAKOM JETONApH3aIiK B MEMOPaHe OTKpHIBAIOTCA KaHams ;s Ca’ * | ato mossossieT monam Ca"
BOWTH B criepMHuil. B To jxe Bpems onucaxapu/ CTyACHUCTOH 000JI0YKH aKTHBUPYET IPOTOHHBIE HACOCH! IIA3MaTHYECKON MEMOpaHbI CLIEPMHUSI; 3TH HACOCHI
00€CTeYnBaIOT OTTOK 3 KieTKH uoHoB H ' B 06MeH Ha
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Puc. 15-41. Ha 5T0ii cxeMe Ioka3aHbI HOAPOOHOCTH aKPOCOMAIIBHOH PeakIui y MOPCKOTO exa. [Ipi COnpUKOCHOBEHUH CHIEPMHUS CO CTYACHUCTOH 000I09KOit
sIiIa COAEPKNMOE aKPOCOMBI BBICBOOOXKIAeTCsI ITyTeM 3k3o01uTo3a (1), mocie dero cienyer OypHas MoIMMepH3alis aKTHHA, B PE3yIIbTaTe KOTOPOIt
o0pa3zyeTcst JUIMHHBIN aKpOCOMAIBHBIH OTPOCTOK, IPOHUKAIOLIMI B CTYICHUCTYIO 000104KY (2). Brimieamme n3 akpocombl Oeku (TTOKa3aHbl YepHbLMU
moykamu) IPUIANAIOT K TOBEPXHOCTU aKPOCOMAILHOTO OTPOCTKA U CIIY’KaT KaK JUIS CBSI3BIBAHUS CIIEPMUS C BUTSIUIMHOBBIM CIIOEM, TaK U JUIS Pa3pyIICHUs
storo cnos (3). Korna 6bIBInas akpocoma (MeMOpaHa KOTOPOi 00pa3yeT Ternepb BEpXyLIKY aKpOCOMAIBHOTO OTPOCTKA) IIPUXOJUT B KOHTAKT C
IU1a3MaTHYeCcKOi MeMOpaHoii sitna (3), 1Be MEeMOpaHbI CIMBAIOTCS, IPOUCXOAUT PACIIa] aKTUHOBBIX HUTEH U CIIEpMUI POHMKaeT B 1o (4). Kak cnepmuit
HaXOJUT SHIEKICTKY JUIS OIUIOJOTBOPEHHUS IIOCIIE TOTO, KaK FaMETHI BBIXOASAT B MOPCKYIO Boxy? Sliilia MOPCKOTO eXa BBIIEIISIOT IENTH I, Ha3bIBaeMbIH
pe3akmom, KOTOPbIH ABIAETCA BUAOCIENN(DHIECKIM XEMOATTPAKTAHTOM JUISl CIIEPMHUEB MOPCKOTO €Xa. Pe3akT cBA3bIBaeTCS HA IOBEPXHOCTH CIIEPMHUS C
TpaHCMEMOpPaHHBIM PELIENITOPOM, KOTOPBIH, KaK 0OHApYKEHO, IPEACTABIACT CO00H (epMEHT TyaHHIATIHKIA3y. DTOT (EPMEHT KaTalu3upyeT CHHTE3
nukiyeckoro GMP B criepmaTo3onze.



44

Na *. OGyc/I0BICHHOE 3THM TIOBBIIIIEHUE PH B rOJOBKE CIIEPMHs 1 yBEIHUCHHE KOHIICHTPAIMHI IIUTO3016HOr0 Ca’ * MHHIMHPYIOT aKPOCOMATBHYIO PEAKIHMIO.
BBLI0 BBICKa3aHO MPENONIOKEHHE, YTO NPU HOBBILICHUH BHYTPHKIETOUHOrO pH HemoysIpH30BaHHbBIA aKTHH B LUTOILIA3ME CHEPMHUS OTACISIETCS OT 0COOBIX
OEJIKOB, B HOPME CBS3BIBAIOLIMX AKTHH U OJOKHPYIOIIMX €ro noiumepusauuio (cMm. pasa. 11.2.12); 310 nmpuBomuT K (GOpMHPOBAHHIO aKPOCOMAIBHOTO
OTPOCTKA B Pe3yJIbTaTe «B3PHIBHOW MOTUMEPU3ANI aKTHHA.

OJHAKO y/UTHHEHHE aKPOCOMANBLHOTO OTPOCTKA CBA3aHO HE TONBKO C MOTMMepH3anuel akTiua. ITputok psajga uowos (Ca> *, Na * n C1°) nopsimaer
KOJIMYECTBO OCMOTHYECKH AKTUBHBIX MOJIEKYJ B TOJOBKE CHEPMHs, YTO IPHUBOAUT K NPUTOKY B CIEpMUH BOABL. BEI3BaHHOE 3THM pe3KOE IOBBLIIICHUE
THAPOCTaTHIECKOTO JABJICHUS, BEPOATHO, CIIOCOOCTBYET YANNHEHUIO aKPOCOMAIIBHOTO OTPOCTKA.

15.4.2. CBsi3pIBaHHE CHIEPMUS C SiLEKIETKOI OCYLIeCTBIIsIeTCS MPH MOMOIIM BuAocnenupnyecknx MakpoMoJaexy. [20]

BupocrnennduuHOCTh OIUIONOTBOPEHHSI OCOOCHHO Ba)KHA JUISI OOMTAIONIMX B BOJAE XKUBOTHBIX, SIMIICKICTKU U CIIEPMUH KOTOPBIX BBIBOASTCS B
BOJIHYIO CpEAly; Belb B 3THX YCIOBHSX BO3SMOXKHO HX CIMSHHE C SHIEKICTKAMH M CICPMHUSMHU APYTMX BHIOB. Y MOPCKHX XKl Takas CIeLH()UIHOCTDH
IPOSIBISIETCS. B CBSI3BIBAHUM CIICPMUSI C BUTEJUIMHOBBIM CJIOEM, JIEXKAIMM II0J] CTYJCHHCTOH 00OJIOUYKOIl: MHOTJA CIICPMUH IPETepHeBaOT aKpOCOMAIBHYIO
PEaKUHIO NPU KOHTAKTE ¢ SHLEKICTKOH )KMBOTHOIO APYroro BHAA, OJHAKO CHEPMHU HE MOTYT CBSI3BIBATHCS C TAKMMH SHLIEKICTKAMH H, CIEOBATEIbHO, HE
MOTYT OILIOZOTBOPATH HX.

W3 criepMBI MOPCKOTO €3a ObLIO BBIAENICHO BENIECTBO, KOTOPOE CUMTAIOT OTBETCTBEHHBIM 33 BHIOCHEIH(HIESCKOE CBSI3BIBAHUE CIIEPMATO30HI0B C
BHUTEIUIMHOBBIM CJI0eM. DTO O€JIOK, OIy4YMBIINK Ha3BaHUE Oailnouna, Colep)utcs B akpocome. ITocie cBoero BEICBOOOXKICHNS B aKPOCOMAIIBHOH PeaKiuu
OH IIOKPBIBAaeT IOBEPXHOCTh AKPOCOMAIBLHOIO OTPOCTKA U CIIOCOOCTBYET NPHKPEIICHUIO CIEPMHS K sifIly. ¥ KaXKJI0ro BUa MOPCKHX €Xel BhIpabaThIBaeTCs
CBOIf 0cOOBIi TUII GaifHAMHA, U MOJEKYIIEI 3TOro GallHIMHA CBS3BIBAIOTCS C BUTEJUIMHOBBIM CIIOEM Sl MOPCKOTO €3Ka TOJIBKO TOro ke Bujxa. Oka3anock, 4To
BUTEIUTMHOBBIH CIIOH OJIHOTO M3 BHAOB MOPCKHX €XKEH CONEPKUT BUAOCTICHU(DUISCKUH INIMKOIPOTEHH, KOTOPBIH BEICTYIIACT B POJIU peyenmopa 6auHouna 8
nporecce cBs3bIBaHuA. ECTh faHHBIC 0 TOM, 4TO OailHANH AECTBYET MOJOOHO JIEKTHHY, Y3HAIOIIEMY ClICHU(pUUCCKUE YIiie-
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Puc. 15-42. Monekyibl 6aliHIMHA, TOKPHIBAIOIIKE OBEPXHOCTh AaKPOCOMAJIBHOI'O OTPOCTKA CIIEPMATO30M1a MOPCKOr0 eXa (cxeMaTu3uposaHo). Kax
OJIATal0T, 3TH MOJICKYJIbI CBSI3BIBAIOTCS CHEUU(HICCKOI CaXapuIHOI LEMbIO PELENTOPHOI MOJICKYJIbI, HAXO/SIICHCS B BUTCIUIMHOBOM CJIOE SIifIa.
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BOJHBIC JETEPMHHAHTHI B MOJICKYJaX TIJIMKONPOTEHHOB (puc. 15-42). Ilpenmonaraercs, 4To, MOCKOJNBKY OalHAMH CIOCOOCH HHUIMUPOBATH CIUSHUE
HCKYCCTBEHHBIX JMIHMAHBIX IIy3bIPHKOB in Vitro, OH MOXET OBbITh KAaTaJIW3aTOPOM CIMSAHUS IUIA3MAaTHYECKHMX MeMOpaH aKpoCOMAJIbHOTO OTPOCTKA M
SIALIEKIIETKH MIOCJIE TOr0, KaK 3TH MEMOpaHBbI NPULLIM B CONIPUKOCHOBEHUE (pa3n. 6.5.16).

15.4.3. AkTUBaNMA SAHLEKJIETKH 0NI0CpeyeTcsl H3MEHeHHsIMM BHYTPUKJIETOYHBIX KOHUEHTpauuii noHos [21]

Kak Tonbk0 akTHBHPOBAHHEIH CIIEpPMHIT MOPCKOTO €Ka NPUKPEIUIAETCS K AHIly, akpOCOMaIbHBIH OTPOCTOK OBICTPO MPOKJIAIBIBAET cede MyTh Yepe3
BHUTEIUIMHOBBII cll0if. MeMOpaHa Ha BEpXyIIKEe OTPOCTKA CIIMBAETCA C INIA3MATHYECKON MeMOpaHOW Ha KOHUMKE MHUKpOBOpcHHKHM (puc. 15-43). Cocennue
MHKPOBOPCHHKH OBICTPO YJUIMHAIOTCSA M IPYNIHUPYIOTCS BOKPYT CIIEPMHs; 3aTEM, 110 MEPE TOr0 Kak MUKPOBOPCHHKM MOCTENEHHO PacTBOPAIOTCS, CEpMUit
TOJIOBKOM BIIEpE]] 3aTATHBACTCS B SAHII0.

CriepMaTo3011 3aIlyCKaeT MpOrpaMMy Pa3BUTHS, 3aI0XKEHHYIO B sifle. Ilepes omIogoTBOpeHHEM SiIIEKIeTKAa META0OINYECKH HEaKTUBHA: OHA He
cunresupyet JHK, a PHK u Genku 06pa3yrorcst B Heil odeHb MeIeHHO. SIHIeKIeTka, BRILIENIas U3 SMIHUKA 1 JIUIICHHAS TeIeph HOIACPIKKH OKPYKABIIHX
ee KJIETOK, TOTHOaeT B CUNTaHHBIC YaChl, €CIM He OyzeT cnaceHa criepmueM. CBs3bIBaHUE CIIEPMUS C TIOBEPXHOCTHIO SHIICKIETKN WHIYLUPYET MOBBIIICHHE €¢
MeTabonndeckoii aktuHocTH, cunTe3 JJHK 1 nocnenyromee apobierne. OxHaKo caMm CriepMHil CIIY>KHT JIMIIb YCTPOHCTBOM JUISL 3aITyCKa y’Ke 3aJI0)KCHHOH B
AinekneTke nporpamMmel. CaM OH JUISl 3TOTO HE CTOJIb HYKEH: SHIEKICTKY MOKHO aKTHBUPOBATh C MOMOIIbIO MHOKECTBA HECTIENIU(DUIECKUX XUMHICCKHX HITH
¢dusmgeckux BosneiicTuid. Hanpumep, mns siina aarymxn 3Gp(GEeKTUBHBIM CTUMYJIOM MOXKET OBITh YKOT MIJIoi. (PasBuTne siIEKIeTKH, aKTHBUPOBAHHON B
OTCYTCTBHE CIIEPMHS, Ha3bIBACTCS MAPTEHOTeHE30M; psJ OpPraHM3MOB, B TOM 4HCJIC HEKOTOpbIE IO3BOHOYHBIC, OOBIYHO PAa3MHOXKAKOTCA ITyTEeM
napreHorenesa.) HauanbHble CTajuy akTHBALMM SHIEKIETKM HE MOTYT 3aBHCETh OT OOpa30BaHMs KAKMX-IHOO HOBBIX OEJIKOB, TAK KaK OHM HPOTEKAIOT
COBEPIICHHO HOPMAJILHO B IIPUCYTCTBHH 5/10B, HHTHOHPYIOMNX OEKOBBII CHHTE3.

YV MOpcKuX exeil Bce paHHME CTAJUM aKTHBALMH siilla CBS3aHbI C M3MECHEHHEM KOHIICHTPALUH COJCPXKAIIMXCS B HEM HOHOB. YiKe B IEpBbIC
CEKYH/IbI MJIM MHHYTBI TIOCJIE BHECEHHS CTIEPMBI B CYCIIEH3HUIO ANLEKICTOK B HUX TIPOUCXOAAT TPH Pa3IMYHbIX CABUTa: 1) yBeIHUEHHE IPOHUIIAEMOCTH

ﬂﬂ.p(} cnepmuA

MukposopcuH ki
Anya

l 5
MnasmaTtnyeckan i Y%
membpaHa 3

N
aKpocoMansHoro _—~" 24
OTPOCTKE cnepmuA :

\ \
MnaamaTnueckan __,.}*1
membpana Alua ™~

1 MM &

Puc. 15-43. OuH 13 MOMEHTOB B IIPOIIECCE OILUIOAOTBOPESHUS SHIIa MOPCKOTO €3Ka CepMHeM (dIIeKTpoHHast MUKpogdoTorpadus). MemOpaHa Ha BepXyIIKe
aKPOCOMAJIBHOTO OTPOCTKA CIIMNIACH C ITa3MaTHYECKOiT MeMOpaHoii siflla Ha KOHYMKE OJHOIT 13 MHKPOBOPCHHOK €ro moBepxHocTy. HeorooTBopeHHOE
S0 MOPCKOTO e3ka NoKpbITo Oonee uem 100 000 mukpoBopcunkamu. (C mode3Horo paspertenus Frank Collins.)
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Puc. 15-44. J[|pa HOHHBIX C/IBHI'a, OTBETCTBEHHBIE 32 aKTUBALMIO Ai1la MOPCKOTIO €Xa Mociie o1y1010TBopeHus. IIpumepHo yepes 10 ¢ mocie onio0TBOPEHUs
HAYMHAETCA BBICBOGOsK/IeHHe HoHoB Ca’' M3 BHYTPUKIETOMHBIX XPAHWIHII B ITATO30/Th; UX KOHIEHTPAIHS qepe3 2,5 MHH BO3BPAMIAETCS K yPOBHIO,
HECKOJIBKO MPEBBINIAIOIIEMY TOT, KOTOPBIH CBOMCTBEH HEOTIONOTBOPEHHOMY sifily. IIpubnmsnTensHo yepes 60 ¢ BKIIOUAETCS MEXaHU3M BBIBEICHHS HOHOB H
", CONPSHKEHHOrO ¢ MPUTOKOM Na * , UTO BEJIET yIKE K JUTMTENLHOMY MOBBILIEHHIO BHY TPHKIETOUHOrO pH.

IIa3MaTHYecKol MeMOpaHsl s Na ' BEI3BIBACT NETONAPH3AIIMI0 MEMOPAHEI B TEUCHHE HECKOIBKHUX CEKYHJ; 2) MaccoBOE BEICBOGOXeHHe HOoHOB Ca » " u3
BHYTPUKJIETOYHOTO XpaHWIHIIA Kanblus (pasn. 11.6.3) Bener k 3aMeTHOMY NOBBIICHHUIO MX KOHIEHTPALUH B LIUTO30Je B TeyeHue npumepHo 10 c; 3) He
Gonee 4em uepe3 60 ¢ HaumHaeTcs BhIBeAeHHE MOHOB H *, compskeHHOe C TOTIOMEHHeM MOHOB Na *, 4To NPMBOAMT K 3HAYUTENHLHOMY TIOBBINICHUIO
BHyTpuKIeTouHoro pH (puc. 15-44). Kak Oyner onucaHo HIKe, 3TH HOHHbIC CIBUTH 00YCIIOBIMBAIOT /iBa (pusnonornyeckux 3ddexra: Bo-nepsbix, Onaronaps
UM SHI0 CTAHOBUTCS HEJOCTYIIHBIM JUISl IPOHUKHOBEHUS JIPYTHX CIIEPMUEB H, BO-BTOPBIX, C UX IIOMOLIBIO OCYILECTBIISIOTCS EPBBIE ITAIBI B Pa3BEPThIBAHUI

MIPOrPAMMBI Pa3BUTHSL.
15.4.4. lenonsipu3anus njasMaTuyeckoii MeMOpaHbl siiina odecneynBaeT ObICTPYIO OJ10Kaxy moaucnepmuu [22]

XoTs K siLeKIeTKe MOXKET HNPUKPENUTHCS OOJBIIOE YUCIO CIIEPMATO30HMAOB, TOJBKO OJMH U3 HUX OOBIYHO CIMBACTCS C €€ IUIa3MaTHYECKOH
MeMOpaHOW M BHOCHUT B KJIETKY cBoe siupo. Eciam ¢ siiLeKneTkoil conbroTCs J1Ba MM HECKOJIBKO CHEPMHUEB (3TO HA3BIBAIOT noaucnepmueti), 10 OynyT
¢dopmupoBaThC N00ABOYHBIE MHTOTHYECKHE BEPETEHA, YTO HPHBENET K AHOMAIBPHOMY DPACXOXICHHIO XPOMOCOM IPH APOONICHHH; B TAKHX CIydasx
00pa3yloTcsi HEQWIUIOMIHBIC KIETKM M pa3BUTHE BCKOpE IpeKpamaercs. JTO O3HAa4yaeT, 4TO SIMIEKICTKH, OKDPY)XKCHHBIC OOJBIIMM KOIHYECTBOM
CIIEpMAaTO30H 0B, I10CJIE OIIOJOTBOPEHUS OJHUM U3 HUX JOJDKHBI KAKHM-TO 00pa3oM OBICTPO CO3IaTh MPENATCTBUE UL IPOHUKHOBEHUS AOMONHUTEIbHBIX
criepMueB. MexaHu3M Takoil OBICTPOii 6,10Ka/IbI MOJIMCIIEPMUM HE Y BCEX OJJMHAKOB.

VY pbib B 000704YKaX SUIl MMEETCsl Y3KUH KaHal, Ha3bIBaeMbIH MuKkponuie, 4epe3 KOTOPBIH CIIEPMUH MOTYT IIPOXOAUTH JIHIIL OAUH 3a JIPYTUM;
IPOXOXKJICHUE OIHOTO CHEPMHsS CTUMYJIUpYET SHI0, BCIECACTBUE UETO COAEPIKHMMOE KOPTHKAIbHBIX I'PaHy] BBICBOOOXKIAETCS U 3aKylOPUBAET OTBEPCTHE,
nperpaxzasl BXoJ ApyruM crepMusiM. OnHako y GONBIIMHCTBA OPraHU3MOB SHICKICTKH HE MMEIOT MHKPOIIHIE X MOTYT CIHBATHCS CO CIIEPMHUEM B JIFOOOM
ydJacTKe CBOCH MOBEPXHOCTH. Y SIIEKIETOK HEKOTOPHIX JKHBOTHBIX (TaKHX, KaK MOPCKHE ©KH M aM(UOMM) IOIHCIIEPMHUIO INIpefOTBpAIlaeT ObICTpast
JIETIOJSIPU3aLHsl [UIA3MAaTHYECKOW MEMOpaHbl I10CJe CIMAHHUS C NEPBbIM CIEPMATO30MAOM. MeMOpaHHBIN MOTEHLHAN sHIAa MOPCKOrO €Xa COCTaBIsIeT
npuMepHo — 60 MB. Uepe3 HeCKONBKO CEKyHA IOCIE KOHTaKTa CO CIEPMHEM MEMOpaHHBIH IOTCHIHAl PE3KO IMajaeT M MEHAeT 3HaK, MOXOII
npubmu3uTensHo o0 + 20 MB, a 3aTeM chycTs NpUMEpHO MHHYTY HAdMHAeT IOCTENEHHO BO3BPANIAThCS K HMCXOAHOMY ypoBHIO (puc. 15-45). Ecmu
IPEeJOTBPATUTh JEHOIIPH3alUI0 MEMOpaHbI (B OCHOBHOM 00YC/IOBIEHHYIO IIPH-
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Puc. 15-45. I3menenne MeMOpaHHOTO MOTEHIMANA SiIIa MOPCKOTO €Xa MOCIe OIUI0J0TBOPEHHUs . brIcTpas Aenonspu3anus KaKuM-To 00pa3oM MpensTCTBYeT
CIIMSIHHIO C SHIEKIIETKON APYTUX CIIEPMHEB, 4TO 0OeceunBaeT ObICTPYI0 60Ky HOIUCIIEPMHUH.

TokoM noHOB Na'™ B siflleKNIeTKy IOciIe KOHTAaKTa CO CIEpMHEM), TIPOBOJIS OILIOAOTBOPEHHE B Cpele C HU3KOW KOHIeHTpanuei Na *, To wacToTa CiTydacs
NOJIMCIIEPMMH Bo3pacTaeT. Kpome Toro, eciy HEONJIOJ0TBOPEHHYIO AHLEKIETKY HCKYyCCTBEHHO JEIOJSAPHU30BaTh, IPOINYCKas Yepe3 Hee TOK C HOMOIIbIO
MHKPOJIEKTPOJIOB, TO CIEPMATO30H bl OyIyT CIIOCOOHBI MPUKPEILIAThCA K SHIEKIETKE, HO HE CMOTYT CIMBAaThCA C HEH; eClM )K€ Telepb PemnojsIpu30BaTh
MeMOpaHy, IPHKPENUBIINECS CIIEPMUH CONBIOTCS ¢ AHIEKICTKON U IPOHUKHYT B Hee. XOTs MOJICKYSIPHBII MEXaHH3M 3TOTO SBJICHUS HEH3BECTCH, KaKETCS
BEPOATHBIM, 4YTO JCHOJApH3allis MeMOpaHbI, OOBIYHO MPOUCXOJAINAS IIPH OIUIOJOTBOPEHHH, HM3MEHSAET KOH(OPMAIMIO KaKOro-TO BAaXHOIO Oeika
I1a3MaTHYECKOW MeMOpaHbl Al1a TAKUM 00pa3oM, 4TO MeMOpaHa CIIepMUst y’KE HE MOXKET CIIUTHCS C HEIO.

MemOpaHHBIH MOTEHIHAN SHIEKICTKN Yepe3 HEeCKOIbKO MUHYT MOCIE OIIOJOTBOPEHHS BO3BpAIAeTCsl K HOPME; HOITOMY HyXKEH eIe KaKoH-To
MEXaHH3M, IPEISATCTBYIONINI MOJIMCIEPMUM B TEdYeHHE Ooliee JUIMTENBHOTO BPEeMEHH. B OonbIIMHCTBE SHIEKIETOK (B TOM 4YHCIE M B SHICKICTKE
MIIEKOIIUTAIOIUX) 3TOT Oapbep CO3JalOT BELIECTBA, KOTOPBIE OCBOOOMKIAIOTCS M3 KOPTHKAIBHBIX IPaHyJl, PACIONOKEHHBIX Cpa3y IMOJ ILIA3MaTHYECKOH
MeMOpaHOU SMIEKIETKH.

15.4.5. 3a no3HI010 6JI0KATy MOJHCIEPMUH OTBETCTBeHHA KOPTHKAJIbHAsA peakuus [23]

KoprukanbsHble rpaHyJIbl sSiHIIa MOPCKOT'O €Xa CIMBAIOTCS C INIA3MaTHYECKOH MEMOPaHOil 1 BRICBOOOKIAIOT cBOE coaepskumoe yepes 10-50 ¢ mocie
KOHTaKTa sifua co crepmueM. KOpTHKAIbHASI peaKIMsi 3aIyCKaeTcsi CHIBHBIM IOBBIIIEHHEM KOHIEHTpauuu cBobommeix uoxoB Ca’* B rurozome. Y
aKTHBHPOBAHHOTO AH{IIa MOPCKOTO €Ka MEHEE YeM Yepe3 MHHYTY T0CIe TIPHCOCAMHEHHS CIepMus KOHIeHTpauus Ca’ * yBelIMUMBACTCA TIPUMEPHO B CTO pas, a
3aTeM CIIYCTSl OJIHY-1BE MUHYTBI CHOBA CHHKAETCA JI0 0OBIYHOrO ypoBHs (puc. 15-46). Pois nonos Ca’* B 3amycke KOPTHKAILHOMN PeakiMH MOXKHO TPAMO
HPOJICMOHCTPUPOBATH B OIBITE C W30JMPOBAHHBIMH IIA3MAaTHYCCKMMHU MEMOpaHAMH SIMII MOPCKOTO €Ka; K BHYTPEHHEH ITOBEPXHOCTH TaKHX MeMOpaH elie
TPHKPEIUICHBI KOPTHKATBHBIC PAHYJIBI H €CIH J0OABHTH K 3TOMY Iperapary HeGosbiioe KonmmuectBo Ca’ © | To uepes HECKOIBKO CEKYHJ MPOMCXOIUT
9K30LIUTO3.

B siiax MOpcKoro e€xa KOpPTHUKalbHAs PEakuusi NPUBOAUT 10 MEHbLIEH Mepe K JABYM HE3aBHCHMBIM HOCIEICTBUAM: 1) MPOTEOIUTHYECKUE
(epMeHTHI, BBINIEANINEG N3 KOPTHKAIBHBIX TPaHyld, OBICTPO pa3pylIaloT pPEeLeNnTopsl OailHIMHA BUTEIUIMHOBOTO CJIOS, OTBCTCTBEHHBIC 33 CBS3BIBAHUE
CIIEpMHEB, H 2) 0CBOOOKIAEMOE COAEPKUMOE KOPTHKAIBHBIX TPaHyJl BBI3BIBACT OT/IENICHHE BUTECIIMHOBOTO CJIOSl, PaHEE NPUMBIKAIOLIETO K IJIa3MaTHYECKOM
MeMOpane, OT IOBEPXHOCTH SIHIa, U B TO JKe BpeMsi Oiaromapst epMeHTaM 00pa3yIoTCst IOMEPEIHbIC CUINBKH MEKIY OEIKaMH 3TOTO CIIOS, YTO JeIaeT

Puc. 15-46. KoptukanbHble TpaHyJIbl, IPUKPEIUICHHBIC K H30IHPOBAHHON MeMOpaHe HEOIUIOAOTBOPEHHOI SIIIEKIETKH MOPCKOTo exa (MUKpodoTorpadms,
IOJTydYEHHAS C TIOMOIIBI0 CKAHMPYIOIEr0 IEKTPOHHOT0 MUKPOCKoa). IIpu fo6aBennH K TakoMy mpenapary noHoB Ca®’ KopTHKaIbHEIE TPAHYIIBI
CJIMBAIOTCS C IIA3MAaTHYECKOH MEMOPaHO 1 BHICBOOOXKIAIOT CBOE COAEPIKUMOE ITyTeM IK301UT03a. [IocKOIBKY B KaXKI0H KiIeTke umeercs okoio 15 000
KOPTHKAIBHBIX TPAHYJI, B Pe3yJIbTaTe KOPTUKAIBHON PEaKIUK IOBEPXHOCTD SHI[a MEHEE YeM 38 MUHYTY YBEIUYHBACTCS OOJee YeM BIBOE; YacTh
JIOTIOJTHUTEILHOTO MEMOPaHHOTO MaTepHaia HIET Ha YAJIMHCHHEe MUKPOBOPCHHOK Ha MTOBEPXHOCTH BCETO SiIIA, TOr/Ia KaK OCTaJIbHAsl YaCcTh IOCTYIACT B
okaiiMiieHHble sIMKH ¥ 1y3bIpbku (V. D. Vacquier, Dev. Biol., 43, 62-74, 1975.)
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Puc. 15-47. DOta cxema 1oKa3bIBaeT, KakuM 00pa3oM KOPTHKAIbHAs PEeakLys siiia MOPCKOTo €Xka MpeI0TBpaIlaeT IPOHUKHOBEHNE B HETO OTIOJIHUTEIBHBIX
criepmMueB. BeicBoOOXKAaEMOE COIEPIKMMOE KOPTHKAIBHBIX TPaHyJl BHI3BIBAECT PACIIMPEHHUE ILEIN M0 BUTEIUIMHOBBIM CI0E€M H H3MEHSET 3TOT CJIOH TaK, UTO B
HEM HCUe3al0T PELEeNTOPh OalfHIMHA H OH IPEBPAIaeTCs B «000I0UKY OILIOZOTBOPEHHUS», Yepe3 KOTOPYIO He MOTYT IPOHUKHYTH crepmuu. Takoe
«3aTBEP/ICHUE)» BUTEIIMHOBOIO CJIOS IPOUCXOIHUT B OCHOBHOM OJiaroziapsi 00pa30BaHUIO KOBAJIEHTHBIX CIIMBOK MEXKIY THPO3HHOBBIMU OOKOBBIMH LIEIISIMH
6eJIKOB, BCICACTBHE 4ero (popMHUpyeTCs OOLIMPHAs HepacTBOpUMasi OEJIKOBas CEeTKa.

ero GoJiee )KeCTKMM. B pesynbrare yKasaHHBIX COOBITHIT (POPMHUPYETCS 060.104Ka 0N1000MEOPeHs, C KOTOPOH CIIEPMHUH HE MOTYT CBSI3aThCS M UepPE3 KOTOPYIO
OHU HE MOT'YT HPOHHUKHYTH (puc. 15-47).

15.4.6. AkTBanMs SIAEKJIETKH OCYLIECTBJISIETCS € IOMOUIBIO HHO3UTOI(OCHOIUIIHIHOI0 MEeXaHU3MA KJIETOYHOI
CUrHAJM3anuu [24]

Jenonspusanust MeMOpaHBI IIpeJCTaBIsIeT co00il mepBoe 0OHapyKUBaeMOe M3MEHEHHE IOCIe OIUIOJOTBOPEHHs, HO, Cy[s 10 BCEMy, OHA Hy)KHa
JIMIIb JUIS IPEOTBpAleHus noiucnepmun. VIcKyccTBeHHas Aemoysipu3atus MeMOpaHbl HE NMPUBOAUT K aKTHBALMH SHIEKICTKH; U HA000OPOT, yCTpaHEHHE
JCTIOJIPH3ALY MEMOPaHbI BO BPEMsI OIUIOJOTBOPECHHMS HE [OJABISICT aKTHBALIUIO.

Ectp MHOro yOemuTeNbHBIX MAHHBIX B IIONB3Yy TOTO, YTO MPOTpaMMy pa3BHTHS SIMIEKICTKH 3allyCKaeT KPaTKOBPEMEHHOE IIOBBINICHUE
xonnentpauuu Ca”” B uTo301€ (KOTOPOE PACHPOCTPAHSIETCS OT MECTA BHEAPEHHS CIIEPMHUS 110 BCeil silekIeTke B BUIE KOIbIEBOI BOTHBI - CM. pHC. 4-35).
Konuenrpauuio Ca®* B 1MTO3071€ MOYKHO HCKYCCTBEHHO MOBBICUTH MO0 MyTeM MPAMOii HHBEKLUU ITHX UOHOB B SHICKIETKY, TM6O C TIOMOIIBIO



49

nonodopos, nepenocsuux Ca’ * , Takux, Hanpumep, kak A23187 (cm. pasz. 6.4.19). Takum crocoboM yaaeTcst akKTHBHPOBATS SIHEKIETKH BCEX [0 CHX TOpP
HICCIIeIOBAHHBIX JKHBOTHEIX, B TOM UHCIIE MJIEKOTTHTAIONMX. ECIM ke, HATIPOTHB, MPEJOTBPATHTH TOBBIIIEHHe KoHuentpamuu Ca’ * , BBenst cBA3BIBaIomee
Kanbimii BeiectBo I TA, aKTHBAIMK NIPH OTIOAOTBOPEHHH He Tponcxoaut. Monbl Ca®t neficTBYIOT B KJeTKe 10 MEHbIIEH MEpe OIHHM CHOCOGOM - OHH
npucoemumsiorcs: k Ca®*-cBs3bIBaomeMy GenKy KaabMOIY/IHHY, KOTOPHIL B CBOIO 0YepeIh AKTHBHPYET MHOTO Pa3HOOBPasHEIX 6enKkoB Kietku (pasm. 12.4.3).
KansMopmysuu ObLT HaiiieH B GONBIIMX KOJIMYECTBAX BO BCEX MCCIICIOBAHHBIX SHIEKICTKAX.

Kak omonoTBopeHue NpUBOIUT K IMOBBIMICHHIO KOHLEHTPALMM HOHOB Ca*" B uurosone siiuexnerku? B i 12 msl TOBOPHJIM O TOM, YTO
BHEKJICTOYHBIC JINTAHIbI, CBA3BIBASCH C PELICNTOPHBIMU OETKaMU KJICTOYHOM MOBEPXHOCTH, BBI3BIBAIOT THAPOIN3 Ppochamuourmosumon-oucgocpama (P1P,)
B IUIa3MaTHYECKOil MeMmOpaHe, B pesyibrare 4ero obpasyercs unosumoampugpocgham (InsP;) u ouayunenuyepon; InsP; B CBOIO ouepenp MHULMHPYET
BeicBOGOKeHne Ca®" M3 BHYTPHKIETOUHBIX XpaHmmmiy (pa3a. 12.3.9) B HUTO30Ib, a AMALMICIMIEPON aKTHBHpYeT npomeunxunasy C (pasm. 12.3.10).
OKCIIepHMEHTHI Ha MOPCKUX €XKaX IOATBEPIKIAIOT MPEINOIOKEHHE O TOM, YTO YKa3aHHBIH MEXaHH3M OTBETCTBECH H 3a MOBBIIICHHE KOHICHTPAIMH HOHOB
Ca®* B uuro3one npu omogoTeopennn. Konuentpaims InsP; Bospactaer 4epes HECKOIBKO CEKyH/I MOCIE OTIOIOTBOPEHHS U CPasy MOC/e 3TOTO NOBBIIAETCS
KOHIEHTpalus noHoB Ca’" B LIUTO30JIe; eCITH B HEOILIOOTBOPEHHOE IO BBECTH MyTeM MHbeKuuH InsPs, To konnenTpanus Ca’ * B MTO3051€ TIOBBIIACTCS 1
SIMIEKIIeTKA aKTHBUpYyeTcs. Kak W oXuJanoch, akTHBalMs crepMus cBszaHa ¢ G-0enkom, KOTOphIl akTuBHpyeT creuuduyeckyro ¢ochonumnazy C,
KaTanmupyoryto ruaponus PIP, (eM. pasn. 12.3.9). HenonsTHO, 0JjHaKO, CBS3bIBACTCS JIH CIICPMUI C PELIENITOPOM ILIa3MAaTHYECKON MEMOpPaHB! SHIEKICTKY,
(YHKIHOHATBHO conpsuKeHHBIM ¢ ocdomumnazoit C mocpenctBom G-6eika, WITH IPH CIUSIHUHU C SHLIEKICTKON OH BBOAUT B Hee akTuBatop G-0enka.

TTocKoNbKY KOHIEHTparus HoHOB Ca’ * B IIMTO3011€ MOCIE OIIOI0TBOPEHUS TIOBBINIACTCS JIHIIL HEHAO0TO (IPUMEPHO Ha | MUH), ICHO, YTO 3TO HE
MOJKET HeIIOCPEICTBEHHO IPHBOAUTE K COOBITHSIM, IIPOUCXOMSIINM Ha 00JIee ITO3JHUX CTAAUsIX aKTHBALUU SHIEKICTKH. Y MOPCKUX €XeH K TaKHM COOBITHIM
OTHOCSITCSI IOBBIICHUE HHTEHCHBHOCTH CHHTE3a O€IKOB, HAuHHAIOIIEECs 4epe3 8 MUH IIOcie OIUIOAOTBOpeHHs, W mHunuanus cunresa JHK cmycts
npuMepHo 30 muH. MMeercst 607bIIOe YUCIO NaHHBIX, YKa3bIBAIOMIUX HA TO, YTO AKTHBALHU MPOTEHHKHHA3bl C HIpaeT BaXKHYIO POJIb HA MO3JHUX CTANHUAX
aKTUBAIMY, IPUYeM HaHOOJIee CYIECTBEHHBIM B 9TOT HEPHOJ SBISIETCS NOBBINICHNE BHY TPUKIETOYHOro pH.

15.4.7. Y HeKOTOPBIX OPraHU3MOB MO3AHHE OHOCHHTETHYeCKHE MPOLEcChl, CBA3aHHbIE ¢ AKTHBALMEl sTiileKJIeTKH,
HHIYIHMPYIOTCS NOBbIIIEHHEM BHYTpPHKJIeTo4HOro pH [25]

Y wMopckux exell akTHBamus OpOTeHMHKHHA3bl C  JHANMITINLNEPONIOM IIPUBOAUT K aKTUBAOMH (IPEUMYHIECTBEHHO IOCPEICTBOM
docdopuuposanus) Na“” — H “-HOHOOOMEHHUKA M1a3MaTHYECKONH MEMOPAHbI SHIEKICTKH. DTOT MEMOPAHHbIH TPAHCIOPTHBIH GEIOK HCTIOIL3YeT IHEPIHIO,
3aaceHHyI0 B BHJIE TPAHCMEMOPAHHOTO rpajueHTa HOHOB Na *, juis oTkauuBanus uoHoB H ' u3 knetku (cm. pasa. 6.4.10). Otrok monoB H' npusoaut k
TOMY, YTO BenuyMHA pH BHYTpHU KJIETKH Bo3pacTaeT ¢ 6,6 10 7,2 u nmpu JajbHEHIIeM pa3BUTHU 3UTOTHI TOIACPKUBACTCS HA 3TOM ypoBHE (CM. puc. 15-47).
Cunraercs, 9T0 HEOOBIYHO HH3KOE 3HAYEHHE BHYTPHKIETOYHOro pH B HEOIUIOZOTBOPEHHEIX SIHIIAX MOPCKOTO €Xa HeceT OCHOBHYIO OTBETCTBEHHOCTH 3a
HOJICPIKaHHE SIUIEKJICTKH B MeTabOJIMYEeCKH HEaKTHBHOM COCTOSIHHH; Ooliee
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Mnazmarudeckan
membBpaHa ARUEKNETKA

NHa NH3 + H* 2 NH}

® /
R ,,/
e
Puc. 15-48. [ToBbinieHne BHYTPUKIETOUYHOro pH mpu HHKyOamy KIIeToK (HampuMep, SHIIEKICTOK) B cpesie ¢ aMMHakoM. AMMHaK JuhQyHAUpyeT depe3
IIa3MaTHYECKYIO0 MEMOpaHy U B3aMMOJIEHCTBYET B uTo301e ¢ noHamu H *, 06pasyst NH+4, B pesysibTare uero BHYTPUKIETOUHAs! KOHUEHTpaLus HoHoB H'
naznaeT u pH Bo3pacraer.

TOT0, UMEIOTCS YOeIuTeIbHbIe CBUIETENLCTBA TOT0, YTO MIMEHHO MOBbIIIeHHE pH mocie onnogoTBopeHus: HHAYIUPYET B OIIOJOTBOPEHHBIX SIHI[AX MOPCKOTO
eKa MO3IHIOI0 OHOCHHTETHYECKYIO aKTHBHOCTE. Bo-epBbIX, eciy moBbICHTE pPH B HEOIIIOJOTBOPEHHBIX SHIIAX, HHKyOHPYS HX B CpPelie, ColeprKaIel aMMHuaK
(puc. 15-48), To nmpoueccsl cunTe3a 6enkxos 1 permmkamuu JJHK 3ameTHO ycnnmuBarotcs naxe 6e3 MOBBIICHHS BHYTPHKIETOYHOW KOHIICHTPAIIMU CBOOOIHEIX
nonoB Ca’ *. Bo-BTOpBIX, €C/IH Cpa3y IOC/Ie OIUIOI0TBOPEHHs MOMECTHTh iIla B MOPCKYIO BOJY, He cofepskantyio nonos Ca’” (Tak uTo He GyjeT rpaaueHTa
Na" n1s oTkaumBanus WoHOB H™ ), BHyTpHKIETOUHBIH ypoBeHs pH He MOBBIIACTCA M MO3IHHE COOBITHSA, CBA3AHHBIE C aKTHMBAIMEH siila, HE HACTYTAIOT.
Takue siiia ele MOXHO CracTH, 100aBUB K cpejle aMMuak: Torna pH B KieTke BO3pacTaeT M Jake MpHM OTCYTCTBUM BHeKJeTouHoro Na' uHmyuupyetcs
cunte3 6enkoB u JIHK.

Jlnst 3aMeTHOTO yCHiIeHHs1 OSJIKOBOTO CHHTE3a B OILIOAOTBOPEHHBIX SiiIax HE Hy>KeH cuHTe3 HoBOM PHK, mockosbKy 3TOT ()eHOMEH UMEET MECTO 1
B IPHCYTCTBUH aHTHOMOTHKA akTHHomunuHa D, murubupyromero cuure3 PHK. Ilomararor, 4ro B OOBIYHBIX YCIIOBHSIX CHHTE3 OEIIKOB YCHIUBACTCS B
pe3yJibTaTe 10 MEHbILIEH Mepe ABYyX HE3aBUCHMBIX U3MEHEHHUI: 1) paHee 3amaceHHble B siiie MoseKyiabl MPHK cTaHoBATCS HOCTYNHBIME U1t CUHTE3a OEJIKOB;
2) NpPOUCXOAMT aKTHBALMS PHOOCOM, YTO MO3BOJIsiET MM ObicTpee TpaHciaupoBath MPHK. B oTiamume oT 3TOro yckopeHue OEIKOBOIO CHHTE3a B
HEOILUIOZOTBOPSHHBIX siIiaXx, 00pabOTaHHBIX aMMHAKOM, SIBISCTCSI CIEACTBHEM OJHOU JHIIb YCHICHHOH MOOHIM3aluM cymecTByromux Monexyn MPHK.
Ecau moOunuzauus MPHK- o Bcel BeposTHOCTH, pe3yJibTaT MOBBILIEHHS BHYTPHKIeTOYHOrO pH, TO NBMkeHue pudocom Broib neneid MPHK, no-suaumomy,
YCKOpPSETCsI O] BIMSHUEM KaKoro-To Apyroro ¢akropa. JleTann MeXaHH3MOB, JIEKAIINX B OCHOBE JBYX yKa3aHHBIX TUIIOB aKTHBAIIUH, 0K HESCHBL.

OmnoJoTBOpeHne MpeCTaBIsieT COOOH B BHICIICH CTEIICHH YHHKAIbHBIM ()EHOMEH, OJHAKO B HEM YJYaCTBYIOT TE K€ MEXaHH3MBI Iepenadn
KJIETOYHBIX CUTHAJIOB, KOTOPBIE KOHTPOIHPYIOT BHYTPUKIETOUHbIE IIPOLECCH] B COMATH-

Ta6anua 15-1. [ociieoBaTe/IbHOCTH COOBITHIA IOCJIE OILJI00TBOPEHHSI SIMI] MOPCKOI'0 €3Ka
CobObiTHE Bpewmst mocJ1e on1010TBOPEHHUST BHYTPHKJIETOUHOE IPOMEKYTOUHOE 3BEHO

1. Menonsipu3arys 1a3MaTHIECKON MEMOPaHBI <5¢c WHAYUMPOBAaHHOE CIIEPMHEM IIOBBILICHHE MPOHUIAEMOCTH
ia3MaTudeckoil MemOpanbl Ui MOHOB Na' (M J0
HekoTopoii crenenu s Ca’ )

2. Tunponus ¢pocdarumunrnozuton-ouchocdara <10c AxkruBanus pocdonunazsl C

3. TloBblmieHHEe  BHYTPHUKJIETOYHON  KOHIEHTPALUHU 10-40 ¢ WunyuuposanHoe InsP; BEICBOOOXKICHNE CBSI3aHHBIX HOHOB
cBoGoTHBIX HoHOB Ca’® * Ca’ * 13 BHYTPHKIIETOUHBIX XPAHMITHIIL

4. DK301IUTO3 KOPTHKAJILHBIX FPaHyII 10-50 ¢ TToBbllIeHHE BHYTPUKJIETOUHOM KoHuenTpaun Ca®*

5. IloBblllIeHHE BHYTPUKIIETOYHOTO 3HaUeHust pH 60 c AxTuanus Na* - H * -nonooOMeHHMKa npoTenHKknHaszoit C
6. Ycunenue cuHTe3a 0eJIKOB 8 MuH [NoBbieHue BHyTpUKIeTOUHOrO pH

7. CnusiHue siAep CuepMus U sina 30 muH

8. Hauaino pernukamuu JJHK 30-45 mun [oBeIIeHHE BHYTpUKIETOUHOTO pH
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yeckux KieTkax (cM. ri. 12). [TocnenoBaTeabHOCTh HEKOTOPBIX COOBITHI aKTHUBALMHU SIML] MOPCKOTO €Ka MOCJIe OIUIOI0TBOPEHHS IpUBeAcHa B Ta0m. 15-1.
15.4.8. B cimsiHMY MPOHYKJIEYCOB CIIEpMHEB U SIMI] MOPCKOI0 €Ka Y4YacTBYIOT LEHTPUOJIH, BHOCHMBbIe ciepMueM [26]

OmIOJOTBOPEHHYIO SHLEKICTKY Ha3bIBAIOT 3UIOTOM. Y OOJBLIIMHCTBA BHAOB, BKIIOYAs MOPCKHX €XKeH, OIUIOZOTBOPEHHE 3aBEpIUAETCs JHIIb
I0CJIe TOTO, KaK CONBIOTCS TalUIOUIHbIE sifipa (Ha3bIBaeMble nponykieycamu) IByX rameT. I1ockonbky pasMepsl sHLEKICTKH BEIHKH, IPOHYKIeycaM sia 1
CIIepMUS IPHXOJHUTCS IIPEOOJICBATh 3HAUUTEIBHBIE PACCTOSHUS, MIPEXK/IC YeM OHHU COJIBIOTCS JPYT C IPYroM. B CBs3M ¢ 9TUM He BBI3BIBACT YAUBICHHS TOT
(hakT, 4TO TaKOE NEPEIBIKCHHIE ONPEALISIETCS] CTPYKTYPOH LIUTOCKENIETa.

Crepmuil MOPCKOTO €Xa BHOCHT B 3UrOTy He Tojibko cBoio JIHK - oH oTmaer eme u aBe LeHTpuonu. LleHTpHOnAM crepMus B Hpolecce
OILUIOZOTBOPEHUSI IPHHAICKUT HCKIIOYHTENPHO BajKHAs POJb, TaK KakK SHIEKIETKa yTPauMBaeT CBOM IIEHTPHONH IIPH IIOCICIHEM JCNICHHH Melo3a.
LleHTpHony criepMusi CTAaHOBSATCS LIGHTPOM, OT KOTOPOTO PACXOIATCS JTy4Hd MHKPOTpyOOYeK (Takasi CTPYKTypa Ha3bIBACTCSA CHEpMAmMuiecKoll 36e3001i), mo-
BUIMMOMY, HAaIpaBJIONIMX IPOHYKIEYC caMlla K MPOHYKIEYyCy CaMKH: €CIH C IHOMOLIBIO KOJIXHLHMHA BbI3BaTh JENOIUMEPH3AIMIO MUKPOTPYOOUeK,
JIBIDKCHUE POHYKIIEYCOB Ipekpamaercs. Korna 1Ba cONMM3HBIINXCS NPOHYKISyca IIPUXOIAT B COIPHKOCHOBEHUE, HX MEMOpPaHBI CIMBAIOTCS U (OPMHUPYETCs
JUIUIOMHOE SAPO 3UTOTHL. JIBe LIEHTPHOIM CIIEPMUs BMECTE CO CIIEPMATHUYCCKUMU 3BE3aMU JEITCs, 00pasys [Ba IOJI0Ca MUTOTHYECKOTO BEpeTeHa Ui
HIEPBOrO JIEIE€HUs APOOIICHHS.

15.4.9. Sliiuek/eTKH MJIEKOMUTAIOUIMX MOTYT ObITh OIIOIOTBOPEHBI in vitro [27]

M3ydarh sSiinekIeTky MIEKONHUTAIOMKUX HEM3MEpUMO TpyJHee, 4eM siiilla MOpCKUX exeil. B pacriopspkeHuH HcciiezoBaTessi UMEIOTCS MUJUTHOHBI
SIUL] MOPCKOTO €Xa, TOr1a KaKk Mpy padoTe ¢ SHLeKIeTKaMi MICKOIUTAIOINX €My PHXOIUTCS JOBOIBECTBOBATHCS JIMIIb JECSTKAMU WIM COTHSIMH UX. TeM He
MeHee ceifyac ecTh BO3MOXKHOCTD OILIOZOTBOPSTE 3TH SIIEKIICTKH in Vitro. (XoTs Mbl OyJeM MO-NPEKHEMY MOJIb30BaThCS TEPMHHOM <SIHIIEKIIETKAY, CIEyeT
[IOMHHTb, YTO B OTHOLICHHH MJICKOIIMTAIOLINX PEYb HIECT 00 OIIOOTBOPEHHOM OOLIUTE BTOPOTO MOPsIKA - CM. pa3a. 15.3.7.) DTOT myTh NPUHOCUT PEAbHYIO
II0JIB3Y: OIUIOJOTBOPEHHBIC SHILEKICTKH MJIEKONMTAIOIIMX, IEPECaKCHHBIC B MAaTKy, MOTYT Pa3BUThCS B HOPMAJbHBIX 0coOeil; Oiaronaps Takod METOAUKe
MHOTHE OECIUIOHBIC KECHIMHBI MOJYYHIH BO3MOKHOCTh POXKAaTh HOPMAaIbHBIX AeTel. OIUIoNOTBOPEHHE SHIEKIETOK MJICKONUTAIOIIUX iN Vitro mo3BOJsIeT
TaK)Ke U3y4aTh HEKOTOPbIE €r0 MEXaHU3MBI.

Takue ucciienoBaHMs MOKA3aIM, YTO XOTS B OOLIMX 4YepTax [OC/IeNOBATEILHOCTH COOBITHIl NP OIUIOJOTBOPEHUH MIICKONHUTAIOIIUX H MOPCKHX
€Xeil CXOJHBI, OTJEIbHBIC 3TAIIBI IIPOLIECCOB MOTYT CYIIECTBEHHO OTJIMYATHCSL.

Hexoropble pasnuuusi kacawoorcs crepMueB. CrepMaTo30MIbl MIICKONUTAIOIINX HE CIIOCOOHBI OIUIONOTBOPUTH SIHIIEKIETKY, [OKa OHH HE
MOJIBEPIHYTCS MPOLIECCY, Ha3bIBAEMOMY KamalMTalueil, KOTOPbI MHAYLUPYETCs BBIACICHUAMH KEHCKOIO I0JOBOr0 TpakTa. MexaHu3M KanaluTaluu He
SICEH; BO3MO)KHO, OHA CBSI3aHA C U3MEHEHHUSMH B JIMIIUIHOM U TJIMKONPOTEHHOBOM COCTaBax IUIa3MaTHYECKOW MEMOpaHBI CIIEPMHUS, @ TAKXKE C TOBBIIICHUEM
YPOBHS €ro MetaboJu3Ma U yBEJIMYCHHEM MOABMKHOCTH. KanmalTHpOBaHHBINA CIIEPMUIl MBIIIM POHUKACT Y€PEe3 TOJCTBIN CIIOW (POJUTUKYIISPHBIX KICTOK U
crienu(pUISCKHU CBSI3bIBACTCS OJHUM U3 IIaBHBIX IIIMKOIPOTECHHOB
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AKpPOCOManNsHaA peaxumnA

CeR3IbiBaHKE
cnepmMatoionaa
c zona pellucida

MNpoHuKHOBEHKE
yepes
zona pellucida

Mnpa3imariiecKan
memBpara
AALEKNETKW

5 AR K|
Zona pellucida — fApa hauskoevics

CNWAHKE NNA3MATUYECKNX
membpan

AApo cnepMuWA BXOAWMT
B UMTONNAIMY
AULEKNETKK

Puc. 15-49. Xon akpocoMasbHOM peakiuy Py OIUIOA0TBOPEHUH SHLIEKJICTKH MIIEKONUTatoIIero. [lonaraior, 4To y MbIILIeH 1 3a CBA3bIBAHUE CIIEPMUS, U 32
MHIYKIUIO aKPOCOMAJIBHOM PeaKIiy OTBETCTBEH OAMH U TOT Xe IIMKonpoTenH zona pellucida. O6parure BHEMaHHE HA TO, YTO CIIEPMHUIT MICKOMHUTAOLIETO
MOJIXO/HT K IUIa3MaTHYECKON MeMOpaHe sHLEKIIETKE 110 KacaTelbHOM, TaK YTO CIIMsHHE MeMOpaH POUCXOUT He Ha BEPXYILIKE FOJIOBKH CIIEPMATO301/1a, a Ha
ee OOKOBOI MOBepXHOCTH. Y Mbliei guameTp zona pellucida coctoBmsier 7 MKM, U CIIEpMHUil HPOXOAUT 3TO PACCTOSIHIE CO CKOPOCTHIO MMPUMEPHO | MKM/MUH.

zona pellucida - 3a1UTHON 000JIOYKH, PABHOLICHHOH BHTEIUIMHOBOMY CJIOKO MOPCKOro exa (cM. pasn. 15.3.2). Ilo kpaiiHell Mepe y HECKOJIBKHX BHIOB OJHH H
TOT 7K€ IJIMKOMPOTEHH SHIECKIICTKH, O-BUANMOMY, HHULMUPYET y CIIEPMHUS aKpOCOMalbHYI0 peakuuio. Hanpumep, y Mo zona pellucida cocrout numb u3
TIIMKOIIPOTENHOB, KOTOPhIE CHHTE3UPYIOTCS PACTYIMMH OOLUTaMH U 00pa3yloT caMOOPraHH3YIOIIYIOCs TPEXMEPHYIO CTPYKTYpPY U3 CBSI3aHHBIX MEXIy COO0M
BOJIOKOH (cM. puc. 15-23). OmuH U3 3THX INIMKONPOTEHHOB, Ha3biBacMbIil ZP3, oTBewyaeT 3a CBS3BIBAHHE CO CIICPMHEM H 33 MHULHUALMIO aKPOCOMAJBHOM
peakuuu. Ilomararor, uyro npu cBs3biBaHuuM c zona pellucida crmepmarosona pacmo3HaeT CHEHUpUUECKYIO YIIEBOJOPOJHYIO I0CIEA0BATEIBHOCTD
rimkonporenHa ZP3. Momnekybl, yJacTBYIOIIHE B IIPOLECCEe PacIO3HABAHMS, JIOKATM30BaHbl B INIa3MaTHIECKOH MeMOpaHe CIepMHs, TOT/ia KaKk y MOPCKUX
exeil oHM pacronararotcs B MeMOpaHe akpocoMsl. Zona pellucida, kak W BUTEIUIMHOBBIA CIIOH SUIl MOPCKOTO €Xa, CIyXKUT 0apbepoM JUIs MEXBHIOBOTO
OILUIOJOTBOPCHHUS; YCTPAaHEHHE €€ 4YacTO NPHUBOAUT K HMCYC3HOBCHHIO Takoro Oapbepa. Hampumep, siflieKIeTKM XOMS4Ka, Y KOTOPBIX C IIOMOLIBIO
crienuduueckux QepmeHTOB ynaineHa zona pellucida, MOryr OBITH OINIONOTBOPEHBI CIIEPMATO30HIAMH deloBeka. He yIUBHTENBHO, YTO TaKue THOPHIBI
(«humsters») He pa3BUBAIOTCS.

Ilpu akpocoManbHOH peaKiUy CIEPMHUH MICKOIMTAIOIIMX BBICBOOOXK/IAIOT HMPOTEa3bl M THATYPOHH[IA3y, KOTOPBIC MIPAIOT BAXHYIO POJIb B
MIPOHUKHOBEHHH criepmusi 4yepe3 zona pellucida. OxnHako 3mech He (OPMHUPYETCS aKPOCOMANBHBIH OTPOCTOK, CXOAHBIN C TeM, KOTOPBIA oOpasyercs y
MOPCKOT'0 €Xa; y CIHepPMHEB OOJBLIMHCTBA MIICKOIMTAIOINX C SLEKICTKOH paHbLIe BCETO CIMBACTCS JKBAaTOpUAIbHAS (PACIOJIOXKEHHAs 332 aKpOCOMOM)
001aCTh IIa3MaTHYECKOH MeMOpaHsbl, a He MeMOpaHa akpocombl (puc. 15-49). Jluip OTHOCHTETFHO HEOOJBIIOE YHCIO CIEPMHUEB MICKOMUTAIOMINX OOBIYHO
OKa3bIBAETCSl B COCTOSIHUM JOOPAThCs 10 MPETEePIIEBIIeH OBYISANINIO siliekaeTk (meHee 200 u3 3 ¢ 108 CHEePMAaTO30MI0B YEI0BEKA, BHIACISIOUIUXCS TIPH
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KOWUTYCE, JOCTHIAIOT MECTa OIUIOZOTBOPEHHS), MO3TOMY HEOOXOAMMOCTh B OBICTPOil OJ0Kaje MONHCICPMHM HECYLIECTBECHHA: y MIICKONMHTAIONINX HE
HPOUCXOMUT OBICTPOIl NENONSIPU3ALUH IIa3MAaTHIECKOH MeMOpaHbI, CONPOBOXKAAIOIICH OIUIOZOTBOPEHNE ¥ IIPEJOTBPAIIAIOIICH TOJUCIICPMUIO Y MOPCKHX
exeil u ampubuit. C npyroii cTopoHsl, (pepMEHTHI, BBICBOOOKAAIOIIUECS NP KOPTHUKAIBHON PEaKIMU SHIEKIETOK MICKOIUTAIOIMX, U3MEHSAIOT CTPYKTYPY
SHLEeBOil 0007104KH, obecredrBas MeUICHHYIO Ookaay momucrnepmun. Hampumep, B MBIIMHBIX SIHIEKICTKAX (EPMEHT Tak BHUIOM3MCHSET [IMKONMPOTCHH
ZP3, 41O OH IepeCcTaeT CBA3BIBATH CIIEPMUH WIIH HHAYLHPOBATh Y HUX aKPOCOMAIBHYIO PEaKIHIo. B siillekieTkax HEeKOTOPhIX MIICKONUTAIOIINX B PE3yJIbTaTe
KOPTHMKAJIbHOHM peakuuu nepectpauBaercst He zona pellucida, a miasmaTudeckass MeMOpaHa, BCIEACTBHE YEro MPENOTBPALIACTCS CIUSHUE C SAHLEKICTKON
JIOTOJTHUTCIIBHBIX CIICPMHEB.

Jlpyroii xapakTepHOH OCOOEHHOCTBIO OIUIOJOTBOPEHHS Y MIICKOIHTAIOLIMX SBISETCS TO, YTO LIEHTPUONH NMPUCYTCTBYIOT B SHLECKIETKAX, a B
criepMusiX MX HeT. KpoMme Toro, B OIUIOJOTBOPCHHBIX SHLEKICTKAX MICKONUTAIOIIMX HE MPOMCXOMUT HEHOCPEACTBEHHOTO CIIMAHUS ABYX IIPOHYKIICYCOB: OHH
COMMKAIOTCS, OHAKO MX XPOMOCOMBI HE COCAMHSIOTCS IO TeX HOp, IIOKa MeMOpaHa KaXIOro W3 MPOHYKICYCOB HE OydeT paspylieHa NPH MOArOTOBKE K
HIEPBOMY IENCHUIO IpobieHus. boibluas yacTh IPyrux paHHUX COOBITHIl IPH OIUIOZOTBOPEHHUH SIHLl MOPCKOTO €Xa, IPUBEICHHBIX B Tabu. 15-1 (Takux, Kak
aKTHBALMSA ¢ MOMOWIBIO (ochaTuammmHo3uTON-0uchocdara U TOBbIIIEHUE KOHUEHTpaluu HoHoB Ca’> © B HUTO30JIE), OCYIIECTBIAETCA M B AMIEKIETKAX
miekonuraonmx. Cleayomnme 3a STHM U3MEHCHHS TIPECTABIIOT CO00H 4acTh MPOLEcca IMOpUo2eHes3d, B X0[e KOTOPOro 3MUroTa Pa3sBHUBACTCS B HOBBIH
opranusM. DMOpHOreHe3, BO3MOXKHO, IIPEJICTaBIsIeT cO00i caMmoe opa3uTeNbHOE SIBICHHIE BO BCEH OHOJIOTUH; STOT IIPOLECC - IPEIMET CIIEYIONIei ITIaBhl.

3aka0ueHne

Onnooomeoperiie HAYUHACMCA C MO20 MOMEHMA, KO20d 20N08KA CNEPMUsL NPUXOOUM 8 CONPUKOCHOBEHUE C 3aWUumHOl 000I0UKOU, OKpydcaroujell
suyexnemxy. Takou xowmakm unoyyupyem y cnepmus aKpoCOMATbHYIO Peakyuio, COO0epuCUMOe aKpPOCOMbL BbICBOO0HCOACMCs, U HeKOmopbvle U3
BbI0CTUBUIUXCS 6EK08 001e2Halon NPOXONCOEHUEe CRepMUs Yepe3 NIA3MAMUYecKylo MeMopany Auyekiemku, 4mo oOenaenm 603MOJICHbIM CIusiHue ¢ Hell
naAasMamu4eckol memopansl cnepmus. B pesynemame onnooomeopenus 6nazodaps eudpoausy gocgamuoununosumon-éucgocpama, cooepoicawecocs 8
nIasMamuyeckoll membpamne ANYeKIemKu, UHUYUUPYIomcs. Oypuvle usmenenus 6 camou suyexniemxe. Ilpu axmueayuu silyexiemku ee NOBEPXHOCHIb
UBMEHAeMCs. MAaK, Ymo CMAaHOBUMCs, HeBO3MOICHbIM CIUAHUE ¢ Hell OONOTHUMENbHBIX CnepmMues; 00ul 6u0 6I0KAObl NOIUCNEPMUU AGTACMCS CAe0CMEUeM
KOPMUKANIbHOU PeaKyuu, npu KOmMopou cOOepiHcumMoe KOPMUKAIbHbIX SPAHYI 8blc6000cOaemcs, nepecmpausas Atiyegylo 060104ky. Kpome mozo, enympu
SAUYEKNeMKU MaKice NPOUCX00sim OnpedesieHHble USMEHEHUs, 6 pe3yibmame 4e20 Nocie COCOUHeHUs NPOHYKAEYCO8 O08YX 2dMem, 3Ucomd CMAaHOBUMCS
CNOCOOHOU K PA36EPMBIGANUIO NPOSPAMMBL PAZGUIUL.
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16 KiieTouHnble MeXaHH3MBbI Pa3sBUTHUA

OpranusMm Jiro0Or0 MHOTOKJIETOYHOTO JKMBOTHOTO MOXHO paccCMaTpuBaTh KaK KIOH KIETOK, OOpa30oBaBIIMXCS W3 OJHOM KIETKH-
OILIOJOTBOPEHHOTO stiina. [103TOMy KJIETKH Tena, KaK IPaBUIIO, TCHETHYCCKH HIACHTHYHBI, HO PA3JIMYAIOTCS 10 (CHOTHILY: OJHHM CTAHOBSTCS MBIICYHBIMU
KJIeTKaMH, Jpyrue - HeHpOHAMH, TPEThH - KIETKaMH KPOBH U T. Jl. B opraHm3Me KIeTKH pPa3HOTO THIIA Pa3MEIICHBI CTPOTO YIOPSHAOYEHHBIM 00pa3oM, U
Gnarozapst 3ToMy Telo obiaaeT xapakrtepHoi (opmoil. Bee npusHaky opraHu3Ma onpenelisioTcs IOCIe0BaTEIbHOCTBIO HyKIeoTn10B B reHomuoi JIHK,
KOTOpasi BOCIIPOM3BOIHUTCS B KaXA0i KiIeTKe. Bce KICTKH MOTy4aroT OJHH U T€ JKE FeHETUYECKUE KHHCTPYKIMI», HO HHTEPIPETUPYIOT UX C Y4ETOM BPEMCHH
1 00CTOATENBCTB - TaK, YTOOBI KaXk/1asl KJIETKA BBITIONHANA B MHOTOKJIETOYHOM COOOIIECTBE CBOIO CNIEH(PHUIECKYO (PyHKIIHIO.

MHOTrOKJIETOYHBIE OPraHU3MBI YacTO OBIBAIOT OYCHB CIIOXKHBIMHU, HO HX IIOCTPOSHHE OCYILIECTBIIACTCS MPH MOMOIIHM BECbMa OrPAaHHYEHHOT0 Habopa
dhopM KJICTOUHOH akTUBHOCTH. KIeTKu pacTyT, JesTcss U NOru0aroT, COCAMHSIOTCS, IBIKYTCS M MEHSIOT cBOK (opmy. Onu auddepeHuupyrorcs, 1. €.
HAYMHAIOT WM NPEKPAIaloT CHHTE3 ONPENEICHHBIX BEIIECTB, KOAUPYEMBIX TeHOMOM. KIIETKM BBINEISAIOT B OKPY)KAIOIIYIO Cpely MM oOpa3yloT Ha CBOEH
MOBEPXHOCTH BEIIECTBA, BIMAIOIIME HA aKTHBHOCTh COCEAHMX KIETOK. DTH ()OPMBI KIETOUHOTO NOBEACHHS SIBISIOTCS YHHBEPCAIbHON OCHOBOH pa3sBUTHs
JKHBOTHBIX. B JlaHHO# TI71aBe MBI MONBITaEMCsi OOBACHUTH, KAKHM 00pa3soM peaiu3alus pasiudHbIX (POPM KICTOUHON aKTHBHOCTH B HY)XKHOE BpeMs H B
Hy>KHOM MECTE IPUBOJMT K 00pPa30BaHHIO LIETOCTHOIO OPraHM3Ma.

MeI He OyzeM IopoOHO Miar 3a IIaroM NPOCIIEKHBAaTh OT Havalla o KOHIA Pa3BUTHE KAKOTO-TO OJHOTO OPraHM3Ma, a PaCCMOTPHM pa3jINyYHbIC
ACIEKThI KJICTOYHOTO MOBEACHHS, CBS3aHHOIO C PA3BUTHEM, HJUIIOCTPUPYS OOIIME NMPHHLHIBI MPHMEPAMH TEX )KUBOTHBIX, Y KOTOPBIX OHHU IPOSBISIOTCS
Haubonee yeTko. Mbl o0CcyauM, KakuM 00pa3oM M IPU yYacTHM KaKUX CHJI KJICTOYHBIE NEPEMEIICHUs NPUBOAAT K (HOPMHUPOBAHUIO SMOPHOHA, KAaK IOJ
KOHTPOJIEM COOCTBEHHBIX I'€HOB NAHHBIX KJICTOK M MEXKKIETOYHBIX B3aUMOJCHCTBUI pa3BEpTHIBAETCS IPOCTPAHCTBEHHAS KapTHHA JU((EepeHIUPOBKH H
KaknM 00pasoM audepeHIpOBaHHbIC KICTKH, BOSHUKIINE B Pa3HBIX YacTSAX SMOPHOHA, OKAa3bIBAIOTCSA B MECTaX CBOCTO HAa3HAUCHMS, 00pasys CIIOKHBIC
TKaHU U OopraHbl. Bee 3TH BOIpOCH! OyIyT pacCMOTPEHBI Ha IPUMEpPE Pa3BHTHS 36MHOBOIHBIX, MOPCKUX €XKeH, MBIIIeH, MyX, IITHI], TApaKaHOB U HEMATOJ.
PazBurne pacrenuii Oyzner obcyxaarbest B 1. 20.

16.1. Mopdorenernueckue ABMKeHHs U GopMUpPOBaHHe 001 el MPOCTPAHCTBEHHOI Opranu3anuu reJa [1]

B stoM u cneayoumx pasaenax pedb MOMAET O TOM, Kak BO3HMKACT MPOCTPAHCTBCHHAs OPraHM3allks PaHHEro sMOpHOHA M Kakue (pU3HUYECcKHe
CHJIBI Y4aCTBYIOT B €ro (popMHUpOBaHMH. B KayecTBe npuMepa Mbl B OCHOBHOM OyzieM 00OpallaThest K LINMOPLEBOM Jsryiike Xenopus laevis (puc. 16-1), pannee
pa3BUTHE KOTOPOii OBUIO H3y4eHO 0cOOEHHO TiaTenabHo. [TonooHo



Puc. 16-1. Cxema passutus Xenopus laevis ot
OILIOJIOTBOPEHHOTO SIi{1ia 10 CAMOCTOSTEIBHO
[IUTAIOIErOCs TONOBACTHKA. BBepxy - criapuBanue
B3pPOCIBIX camua 1 caMku. Huxe mpecTaBieHsl
HOC/IeI0BATEIbHbIC CTAANK PA3BUTUS (PAaHHUE CTAHH -
BuA cOoKy; 10-4acoBoii SMOpHOH-BUA CHU3Y; 19-
4acoBOIi-BUJI cBepXY). Bee pucyHnku (kpome BepxHero)
BBITIOJTHEHHBI B 01HOM Maciutabe. [P. D. Nieuwkoop, J.
Faber, Normal Table of Xenopus laevis (Daudin),
Amsterdam: North-Holland, 1956.]
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3apoJplliaM JAPYIHX 3€MHOBOJHBIX, 3apOJbILIN Xenopus OTHOCHUTENBHO YCTOHYMBBI K
BHEIIHUM BO3JCHCTBHSAM H II03TOMY CIIY)aT yIOOHBIM OOBEKTOM IS SKCIIEPUMEHTOB.

Jis Toro 49To0Bl OONErdUTH BOCHPHATHE H3/IAracMOro Marepuana, MPOLEece
MOpHOreHe3a MO3BOHOYHBIX (M MHOTMX IPYTHX TIPYII JKHBOTHBIX) MOJpa3leieH Ha TPH
nepuopa. [lepBblit - 310 Opobienue OMIOJOTBOPEHHOTO SHIla HA MHOXKECTBO 0o0Jiee MEIKHX
KJICTOK, ()OPMHUPYIOLINX CIIOH HAMOA00HE SIMHUTEINs, U3 KOTOPOrO B PE3ysbTaTe IPOLECCOB
eacmpynsyuu M Heupyaayuu 00pa3yloTcsl MOJIOCTh NEPBUYHON KHIUKU U HepgHas mpyoKa.
3aTeM cliefyeT Mepuoj opeaxozeHesd, T. €. BO3HUKAIOT Pa3iM4YHbIC OpPraHbl M 4acTH Tena
(KOHEYHOCTH, TNa3a, CepAle u T. A.). Tperuil mepron pasBUTHS XapaKTCPU3YETCS TEM, Y4TO
oprassl, cOpMHUPOBABIINECS B BHAE HEOONBIINX CTPYKTYp, PACTyT, IIOKAa HE TOCTHTHYT
pa3MepoB, CBOMCTBEHHBIX B3POCIOMY KMBOTHOMY. DTH IIEPHUOBI HE UMEIOT YETKHX TPAHMIL H
MOTYT B 3HAYUTCIBHON CTCIEHM IIEPEKPBHIBATHCS. Pa3sBUTHE OT CTAaAHU OILIOJOTBOPECHHOIO
stiilia 10 Havyasia opraHoreHe3a Mbl IPOCIeUM Ha IIpHUMepe SMOpHOreHe3a y Xenopus.

16.1.1. IosspHOCTH IMOPHOHA 3eMHOBOAHBIX OIpeAeseTcs
NMOJISIPHOCTHIO stiina [2]

S0 3eMHOBOAHBIX - 3TO CPAaBHUTENBHO KpyHHas KieTka (okomo 1 MM B
JHaMeTpe), MOKPHITas IPO3PadHON HEKJICTOYHOH KalCylIoH - CTyJEHHCTOH O0O0OJIOYKOML.
Bosblast 4yacTh KIETKH 3aII0JIHEHA JKEITOYHBIMH IUIACTHHKAMH, COCTOSIIVIMY B OCHOBHOM H3
Oenka ¥ aMOUAOB. JKENTOK CKOHLEHTPUPOBAH B HIDKHEH IOJOBHHE Siflla, Ha3bIBAEMOIt
BEereTATHBHBIM IOJYLIAPHEM; BCPXHIOIO IIOJOBHHY siflla HAa3bIBAIOT AHHMAJIBHBIM
noaymapueM. OIUIONOTBOPEHHE WHULMHUPYET NPEBPAICHHE JTOH ESIUHMYHOH KICTKH B
MHOTOKJICTOYHYIO JIMYUHKY (TOJIOBACTHKA), Y KOTOPOH ITOIDKHBI OHNPEHCIATHCS MEePeIHHN H
3a7HUI KOHIBI Tela, OpIONIHAs M CIHMHHAs CTOPOHBI, a TAaKXKe CPEIHHHAs IUIOCKOCTD
CHMMETPHY, pa3jelsiiolias Telo Ha IpaByl0 U JIEBYIO I[OJOBHHBEL Pa3BuTHe 3apojsiia
yI0OHO OIKCHIBATh, MOJB3YSICh CUCTEMON TpeX Oceil: nepedHesaoweti (OT TOIOBBI K XBOCTY),
dopcosenmpanvroil (OT CIHMHBI K )KUBOTY) U MeduoiamepaivbHoi (OT CPEANHHON IIIOCKOCTH
BJICBO M BIPaBo). Takas MOJISPHOCTH 3apOJblla 3aKJIaJbIBACTCS Y 36MHOBOJHBIX Ha OYCHb
paHHeM dTare pa3BuTus. Eme 10 omIogoTBOpeHHs aHMMAaNbHBIA M BEICTaTHBHBIN IIOTIOCHI
stiiita cogepakaT pasnuanble Habopsl MPHK, paBHO Kak u pa3HOE KOJIMYECTBO Oelka U JPYTUX
KJIETOYHBIX KOMIIOHEHTOB, HO IIPH 3TOM SIHI0 CHMMETPUYHO OTHOCHTEIBHO aHUMAJbHO-
BETeTaTUBHOI OcH. DTa HCXOJHAS aHHMAalIbHO-BETCTaTHBHAS CHMMETpPHS JOCTaTOYHA IS
CO3JaHUSl  LWJIMHIPUYECKOrO  SMOpPHOHA,  O0JajaroIiero  mepeiHe3ajHeil  OChIo.
OmI0J0TBOPEHHE 0OeCIeYnBaCT YIIIyOIeHHE Pa3IMuUil B COIEPKUMOM SiiIa 3eMHOBOIHBIX,
peanuzyeMoe B IOSBJICHMU JIOPCOBEHTPAJbHOW moisipHOCTH. HapyxHblil oOoraiieHHbIH
AKTHHOM CIIOH IUTOIIAa3Mbl, Ha3bIBA€MbIH KOPTHKAIBHBIM CJIOEM, HIIM KOPTEKCOM, BHE3AIHO
[IOBOPAYMBACTCS 110 OTHOLIGHHIO K BHYTPEHHEMY COIEPIKMMOMY KaK €IMHBIN CEerMEHT, TaK
YTO AaHUMAJIBHBII IOJNIOC KOPTEKCAa CMELIAeTCs MO OTHOLICHUIO K aHMMAalbHOMY MOJIOCY
BHYTPEHHETO COAEP)KUMOTO B HalpaBlIeHHH Oynymieil BeHTpanbHOW CTOPOHHI (puc. 16-2).
Hampapienne BpallleHHs ONPEEIIeTCs] MECTOM HNPOHUKHOBEHUsI CIEPMHs; OOBSICHUTH 3TO,
M0-BUHUMOMY, MOXKHO BIMSHUEM LIEHTPOCOMBI, IPUBHOCUMOH criepMueM B siiino. ITockoabky
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Puc. 16-2. Ilepsoe MopdoreHeTnueckoe IBWKCHHE —IOCIE AHUMATTbHLIN
OIIOZOTBOPEHU fAiila Aryiuky. Koprekce sifna cioi, TONMHOM HORIOG

[PUMEPHO B HECKOJIBLKO MHUKPOMETPOB - [IOBOPAYMBAETCS MMOYTH Ha nmwmmnamm{ Mecro

30° OTHOCHTENBHO BHYTPEHHUX CJIOEB fAilla B HANpaBICHUH, uuTONNaIMA Eﬁz::ln::uwumn y

KOTOpOE OIpEENsIeTCss MECTOM POHUKHOBEHUs criepMus. Y BHUIOB aHAMansHoro ¢
C OKpAallCHHOH ILMTOIIA3MOH AHMMAJBHOTO MOJNIOCA  TAKOE a2 L !
BpallleHHe NPUBOAUT K TOSABJICHHIO YETKO HAOII0aeMOro Ceporo K”—)

cepra, KOTOpBI pacrofoeH HAIPOTHB MecTa MNPOHMKHOBEHHS MNnasmarvseckan SRELY

CriepMusi. MemBpana Kap

Kentok

BETETATWUBHLIN
nonwc

BBI3BIBACT B SIHIE CMEICHHUE IMTMEHTHBIX IPaHYJI, Y HEKOTOPHIX 36MHOBOAHBIX MOSBIISETCS C1a00 MUTMEHTHPOBAHHAS I0JIOCKA, HA3bIBAGMAs CePbIM CEPHOM.
Ona oOpa3yeTrcs Ha CTOPOHE siilla, MPOTUBOMOJIOKHOH MECTy NMPOHMKHOBEHHMS cCHepMHUs. MecTo MPOHUKHOBEHUs CIIEPMHs COOTBETCTBYET, Ipy0O roBops,
OpIOIIKY; Ha MPOTHUBOIOJIOKHOH CTOPOHE (OPMHUPYIOTCS NOPCAlbHBIE CTPYKTYPbI, HampUMEp CIMHHONH Mo3r (puc. 16-3). B pesyinbrare Bo3neicTBHH,
OJIOKHMPYIOIINX BpallCHUEe KOPTEKca, Pa3BHBAIOTCS TAaK Ha3blBacMble PAJUAIN30BAHHBIC JKHBOTHBIC C KHIICYHHKOM, PACHOJIOKCHHBIM B IEHTpE Tela, y
KOTOPBIX OTCYTCTBYET JJOPCOBEHTpAIbHAs ACHMMETPHSI.

16.1.2. B pe3yabTaTe Ap0o0dJieHUs U3 OJHOM KJIETKH 00pa3yeTcsi MHOKeCTBO KjeTok [3]

IToBOpOT KOPTUKAIBHOTO CIIOSI 3aBEPIIAETCS MPHMEPHO Yepe3 Yac II0CIe OILUIOJOTBOPEHHS M CO3/IAeT YCIOBMS Ul OCYIIECTBICHUS OpobieHus, B
X0JIe KOTOPOTO M3 OJHOH KpYITHOW SIHIEKIETKH 3a CHET MOBTOPSIOMIMXCS MHTO30B 00pa3yerTcsi MHOXKECTBO 0ojiee MEJKHMX KIJIETOK -0J1acToMepoB; oOmmas
Macca SMOpHOHA PH ITOM He MeHseTCs. UTOOBI BBKHUTB, SMOPHOH IOJDKEH OBICTPO JOCTUYb CTAANHU, KOT/IA OH CMOXKET CAaMOCTOSITE/IbHO IUTAThC, IUIABATh H
CIacaThCsl OT XUIIHUKOB, ¥ [IO3TOMY II€pBBIE AEJICHUS IPOOICHUS O4eHb OBICTPO CIEAYIOT IPYT 3a APYrOM; B 3TOT MEPHUOX JIHTEIFHOCTD KIETOYHOIO IUKIIA
cocrapisgeT okono 30 muH (cM. pasz. 13.1.9). Beicokas ckopocts pennukanyn JHK n yepenoBanus MUTO30B He NO3BOJIAET OCYLIECTBIISATh TPAHCKPHIILIUIO
TEHOB U APOOsIIUiics SMOPHOH MOJHOCTBIO 3aBUCHUT OT 3anacoB PHK, Gesnka, MeMOpaH u Apyrux MarepuaioB, KOTOpbIe OblIM HAKOIUICHBI B siilie B IpoLecce
€ro CO3peBaHHs B MaTepuHCKOM opraHmsMe. Tonpko 6mocuuTtes JJHK mmeer Temeps XKM3HEHHO BaKHOE 3HA4YCHHE, U €€ HEOOBIYHO OBICTpas peruIMKarus
CTAQHOBHUTCSI BO3MOJXKHOH 0J1arofapsi OrpOMHOMY YHCITy MECT, B KOTOPBIX HaYMHAETCS ITOT Iporecc (cM. pasn. 9.3.9). Boposzna nepBoro peneHust apoOieHus
JICIUT SIALIO 1O BEPTUKAIH, T. €. B IUIOCKOCTH, IPOXO/AIICH Yepe3 aHUMalbHO-BEreTATUBHYIO OCh; B Pe3yJIbTaTe 00pa3yloTcs IBE CHMMETPHYHbIC TOJTOBHHbI
sitna (puc. 16-4). Cnenyromiee neeHre BHOBb IPOUCXOMUT BEPTHKAIBHO, HO IIOJ] IPSIMBIM YIIIOM K INIOCKOCTH IIEPBOTO JIEIEHHS U IIPUBOIUT K 00pa30BaHHIO
YeThIpEeX KJIETOK OJMHAKOBOH BennuMHbIL. boposna Tperbero JeneHust ApoOIeHUs PacloNaraeTcs TOPH30HTaIbHO HECKOIBKO BBILIE CPEJMHHON IIOCKOCTH,
HO3TOMY 00pasyIoIIHecs YeThIPEe BEPXHUE KICTKH MEHBLIC MO pa3MepaM, YeM HIDKHUC; K TOMY )K€ HIDKHHE KJICTKH COAepikaT Oosbire xentka. [IpumepHo
nocsie 12 KIETOYHBIX LUKIOB CKOPOCTH JENCHUS KICTOK PE3KO CHIKACTCS, HAPYLIACTCS TAKXKE CHHXPOHHOCTD JCJICHUIT M HAYMHACTCS TPAHCKPHUIILMS FEHOMA
3apozpla. DTO U3MEHEHHE, U3BECTHOE KaK nepexoo k cpeoneti onacmyne (IICB), mo Bcell BEpOSTHOCTH, OTPa)kaeT MCTOIICHUE ONPEACICHHOIO KICTOYHOIO
KOMITOHEHTa MaTePHHCKOTO IIPOUCXOXKICHHUS, KOTOPbIil HCIIONB3YCTCs IS CBA3BbIBAHMS ¢ BHOBb cuHTe3upyemoit JIHK.

Ber etataMbiA NONKOC

AopcansHar

Ha Puc. 16-3. Acummerpus siina Xenopus mnokazaHa Ha puc. 4. OHa
OmpesieNIieT PACIONOKEHHE Ocel Tena OyMyIIero TroJjoBacTHKa,
n3obpaxenHoe Ha puc. 5. TouHas mpuBs3Ka ocedl siina K Tely
TOJIOBACTHKA CJIOXKHA, IOCKOIBKY TacTPYJIALHMOHHBIC BIKEHUS
3HAYNTENBHO  MEHAIOT ~ TOMOJNOTHIO  3apojeima. B mepsom
NPUOMIDKEHNN aHMMAJIbHBIH TOJIOC COOTBETCTBYET IEPEIHEMY
KOHLly Tena (TOJIOBE), a CEepblil Cepll COOTBETCTBYET AOPCATIbHOMN
ZTOPOHa CTOpPOHE TeJIa.

Mepeanmi woHey < JagHwin KoHew

HTPAMLH 87
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VY Ipyrux SKMBOTHBIX B3aMMHAs OPUEHTALMUs IUIOCKOCTEH IOCIEIOBATENbHBIX IENCHUH ApoOJIeHHs
MOXKET OBbITh HHOMW. B stiiiax oueHp OOraThIX JKEITKOM KaK, HAIpUMeEp, y NTHL, OOPO3/bl ACNCHHI APOOICHHS HE B
COCTOSIHAM Pa3ONTh XKEITOK HA YaCTH, M II0ITOMY BCE SIpa COCPEIOTOUCHBI Ha aHUMAIFHOM IIOJIIOCE; B PE3yJIbTaTe
3apO/IbILI Pa3BUBACTCSI TOJIBKO U3 IIATIOYKM) KIIETOK, JISKALINX TOBEPX HKENTKA.

16.1.3. baacryna npeacrasJjsieT co00ii IO/bII MIap, CTEHKa KOTOPOro o0pa3oBaHa
OJIHMM ¢J10eM KJIeTOK [4]

Vike B caMOM Hadaje pa3BHTHS SMOPHOHA €ro KICTKH CBSI3aHbI MEXIy co00il He TONPKO MEXaHUYECKH,
HO U C IIOMOIIBIO IIEJIEBBIX KOHTAKTOB, Yepe3 KOTOPbIE CIIOCOOHBI IPOXOINUTE HOHBI U IPYTHe HU3KOMOJIEKYIIIpPHEIC
BEIIECTBA, HepeiaBasi «IOCIAHUs», KOTOPble MOIYT UIpaTh BaKHYIO POJb Ha OoJiee MO3IHMX CTaIUsAX Pa3BHTHS
(BMeCTE C IpYyrMMHU TUIIAMH CUTHAJOB) JUISi KOOPAMHALMHU MOBEICHHUs KIeTOK (cM. pasa. 14.1.7). Ha nepudepun
3apoJblia OJIaCTOMEPHI CBS3aHBI JPYr C APYrOM IUIOTHBIMH KOHTakTamu (cM. pasa. 14.1.1); sto mosBosier
H30JIMPOBATh BHYTPEHHIOIO YacTh 3apojbllia OT OKpy»Karomed cpexasl. [IpumepHo Ha cramum 16 GnactomepoB
MPOMEXYTKH MEXIy KICTKaMH B IIEHTPAIbHOH YacTH 3apOoJbllIa PAaCHIUPSIOTCS U 00pa3yloT eIUHYIO IOIOCThb-
Onacrolenb; 5TO pe3yibTaT IepeHoca HOHOB HATPHs BO BHYTPEHHHE MEXKIETOUHBIC IIPOCTPAHCTBA depes
MeMOpaHbI KJIETOK; OCMOTHYECKOE JaBJICHHE BHYTPH 3apOJbILIa MMOBBIIACTCS U CIOJa HAUYMHAET HOCTYIATh BOJA.
Kunerku, okpy»katomye 61acTonels, 00pa3yloT SIUTEIHONONO0HBIH CII0H; Tereph 3Ty CTaJHIO Pa3BUTUS Ha3bIBAIOT
Gnacrynoii (puc. 16-5). To, 4To KIETKH OJIaCTYJIbI OPraHU30BaHBI KaK SIHUTEIHATIBHBIN CIIOW, )KU3HEHHO BaYKHO IS
KOOPJMHALIMU UX JaJbHEHIIEro OBEACHUS.

16.1.4. ITocse racTpy asiMM MOJIbIH KJIETOYHBIH 1Iap NMpeBpalIaeTcs B TPEXCJI0HHYI0
CTPYKTYPY € IePBHYHOI KMIIKOI [S, 6]

Mocie TOTO Kak KIETKH 6J1acTyTbl COPMHpPOBATH SIHTENHANBHBIA CIOH', HACTYmaeT BpeMs UIA
KOOPJIMHHUPOBAHHBIX JBIDKCHHH, INPHBOMSAIIMX K o0pa3oBaHMIO racTpyisl. llpomecc oOpa3oBaHHs TIacTpyJibl
HA3bIBAIOT TacTpyJsilueil. OTa paauKanabHas NEPECTPOiKa BeleT K NPEBPAIIEHUIO IOJIOro KJIETOYHOro Hiapa B
MHOTOCJIOWHYIO JIBYCTOPOHHECUMMETPHUHYIO CTPYKTYpy C KHIICYHON TPYOKOH, pacIioiararomeiicss B IeHTpe; B
pe3yJbTaTe CI0KHOIO

! ABTOp B TaHHOM CiTydae ymoTpe6IseT He COBCEM TOUHBIH TEPMHH, HA3hIBAs CTEHKY ONACTYIBI STIHTETHEM HITH
SMUTENHAIBHBIM cI0eM. [leo B TOM, YTO SMMTENHi - 3T0 nqudpepeHupoBaHHas TKaHb, obpasyromasics Ha Goee
MO3JHUX CTAAUAX PA3BUTHS U3 SKTOAEPMBbI (HAPYKHOIO 3apOABIIEBOro jucTka). CTEHKY 3apoblilia Ha CTaJuH
GracTybl Ha3bIBAIOT 0J1ACTOJEPMON, M OHA JIMIIb YHCTO BHEIIHE HAIIOMHUHACT SINTEIHATIbHYIO TKaHb. W3 4HCTO
TEXHHYECKHX COOOPaXKEHHI MbI HE BO BCEX CIIy4YasiX MCIIPABISUIM 3TY HETOYHOCTh, M YMTATEIIIO CIELYEeT UMETh 3TO
B BULY.- [Ipum. peo.

4 4, B4 kneTKK

Puc. 16-4. Craguu npobieHus y
Xenopus (Buz cOOKy).

Puc. 16-5. bracryna. Ha 3Toit cragnu pa3BuTUsI KIETKU 00pa3yroT
SMMUTETHONOJOOHBIN CIIOH, OKPYKAIOIIUI OJIOCTh, 3aII0JIHEHHY IO
KUJIKOCTBIO,-0acTonens. 11leneBpie KOHTAKTHI 00ECTIEYNBAIOT
UEKTPUUECKOE CONPSHKEHHE KIIETOK, a INIOTHBIE KOHTAKThI HAPYKHOU
HOBEPXHOCTH U30JIUPYIOT BHYTPEHHEE IPOCTPAHCTBO IMOPHOHA OT
okpy:karomieif cpespl. O6paTuTe BHUMaHHE, 4TO y Xenopus CTEHKa
GnacTyJel 06pa3oBaHa HECKOJIBKIMH CIIOSMH KJIETOK, U TOJIBKO
HapyKHbIE KJIETKH IUIOTHO NPHUJIETaloT APYT K APYTY, KaK 3TO UMeeT
MECTO B JIFOOOM THUIIE SMHUTEIHS.

Bnactouens

MnotHem
KOHTaKT

Weneson
KOHTaKT
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Puc. 16-6. TI'actpynsuus y Mopckoro exa. Ha AMuUHANEHBIA NONIOC
BETCTaTUBHOM IIOJIOCE ONIACTY/IBI OT €€ CTCHKH
OTJIEISIOTCS KJIETKU MEPBUYHOI ME3EHXUMBI (4). DTn
KIeTKH  «ION3yT»  BBepX IO  BHYTpEHHEH

MOBEPXHOCTH CTEeHKH Onactyibl (b). B 310 Bpems Bnactouens

CTEHKa OmacTysbl B 00aCTH BETETATUBHOTO IONIOCA Knetkn "*‘*:'é‘::l_g:nme
(BereraTuBHAsl IUIACTUHKA) HA4YMHAET BIIAYMBATHCS ::E‘B::::u:. nepBuiHoR
BHYTpb (B). Knerku Ha BepXyIlke HHBarMHUPYIOIIEH MEIEHXUMBI
BETCTaTUBHOH IUIACTUHKH 00pa3yloT (HIONOAUH, BereTatusHbi nonioc

A

MPUKPEIULIIOIMECss K IIOBEPXHOCTH BHYTpEHHEH
CTEHKH OJacToleNs M MOATATHBAIOT €€ Jaiblle B
ryObp Onmactouensi, oOpa3ys MOJOCTh TEPBUYHON DRI nE e

xuku (1, /]). Konen kumeuHoil TpyOKu BCTymaeT B BTArMaaioume
o 1 ennansHeln
KOHTAKT CO CTEHKOH OJacTylbl; B 3TOM MECTE ooy o Tpybra
BIIOCJIEZICTBHH BO3HUKaeT potosoe otsepcrre (E). (L. KULEMHIKa
| Byaywma

Wolpert, T. Gustafson, Endeavour, 26, 85-90, 1967.)

cKenet

Iporiecca MHBATMHAIMY (BIISTYMBAHHS) 3HAYUTEIBHBIM yJacTOK SIHTENUS IIepeMeIlaeTcs ¢ HapyXKHOH IIOBEPXHOCTH BHYTPH 3apojblimia. Ilocienyromee
pa3BUTHE Temeph yXKe ONpPEeNesseTCs] B3aMMOICHCTBHSAMU BHYTPEHHETO, HAPYXKHOTO ¥ CPEIHEr0 CJIOEB, BO3HUKAIOIIMX B pE3yJbTaTe TacTPYJIILUH.
Tactpynsuust B TOH WM HHOH (OpME HPOMUCXOAUT y BCEX MHOTOKICTOYHBIX J>KMBOTHBIX. Tak Kak ¢ I€OMETPHYCCKOH TOYKH 3PCHMS TacTpyisilus y
3EMHOBOJIHBIX BBIITIIIUT «HCKAKECHHOIT», MBI CHadaJIa pacCMOTPUM 3TOT IIPOLECC Y MOPCKOTO €Xa -OIU3KOro pOACTBEHHUKA ITO3BOHOYHBIX (cM. puc. 15-40,
pazn. 15.4.1).

DMOPHOH MOPCKOTO €Ka IIPO3paycH, MO3TOMY Pa3sBHTHE €ro, BHEIIHEE U BHYTPEHHEE, MOXKHO HCCIIC0BATh PHKMU3HCHHO; B TO %K€ BPEMsI Ha 3TOM
00BeKTe yIOOHO H3ydaTh aKTHBHOCTh OTACIBHBIX KIETOK. VICXOQHBIM MaTepHaoM I TacTPYIISIUH SBISETCs 61acTya, yCTpOeHHas IOBOJIBHO IPOCTO: ITO -
IOJIBI LIap, CTEHKY KOTOporo o6pasyioT okono 1000 KiIeTok, pacrlojoXEHHBIX B OAWH CJIOW; IIOJOCTh ONacTyssl HasplBalOT OnacroueneM. Bcio oty
CTPYKTYpy HMOKPBHIBAa€T TOHKHI CJION BHEKICTOYHOIO MaTPHKCA; y ONAcTy bl MOXKHO TAKXKe Pa3inyaTh BETCTATUBHBIH M aHUMAaJbHBII MOMIOCHL. [acTpymsamus
HAYUHACTCS C TOr0, YTO Ha BETeTATHBHOM IIOJIFOCE OT SMUTEIHS OTEIIOTCS HECKOIBKO AECATKOB TaK Ha3bIBACMBIX KIEMOK nepeuunoll mesenxumul (puc. 16-
6, A). Ilo Bceli BEpOATHOCTH, 3TH KIETKH TEPSIOT CIIOCOOHOCTH CBSI3BIBATHCS C IPYTMMH KICTKAaMH M BHEKJICTOYHBIM MAaTPHKCOM Hapy)KHOW IOBEPXHOCTH
9MOpHOHa M MPUOOPETAIOT CPOACTBO K oOoraieHHOMY (QHOPOHEKTHHOM MAaTpHKCY (cM. pasa. 14.2.13), KOTOpbIil BBICTWIACT OIacToLE b. DTH KICTKH
BBIXOJIAT B IIOJIOCTH OJIACTYIBI U IBHXKYTCS BHOJb € CTCHKHU, HOATATHBASCH Ha BBIITYCKAEMBIX HMH JIIMHHBIX TOHKUX OTPOCTKAX ((uionoousx) ¢ «IUIKAMID
xoHuamu (puc. 16-7). Korna

Punanoani
=

=

Puc. 16-7. Knerku nepBUYHON ME3EHXUMBI HOJIZYT 110
BHYTPCHHCH  IOBEPXHOCTH  CTCHKH  OJaCTyIIbI,
BBIITYCKasl COKPAaTHMbIC (DUIOMOAMH C («IHIKHMU»
konramu. (L. Wolpert, T. Gustafson, Endeavour, 26,
85-90, 1967.)
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A3MEHEHWE KPUBKHIHG CTEHKMW BRacTyns
MOMET BLiTh BbIZBAHO MAMEHEHMEM DODMbl KNETOK

Puc. 16-8. DTa cxeMa MILTIOCTPHPYET BO3MOXKHBIN MEXaHU3M HaYaJIbHBIX STAIOB BISTYMBAHMS KIETOK Ha BET€TaTHBHOM IOJIOCE. JleTany 3Toro mponecca Ha
MOJICKYJIIPHOM YPOBHE PacCMOTpEHBI B pa3a. 16.1.6 u 11.6.9.

KOHYHK (DHJIOIIOJHH BCTYNAaeT B KOHTAKT C HOBEPXHOCTBIO, K KOTOPOH OH MOXET IUIOTHO MPHKPEIUTHCS, (DHIOIOAUS COKPAIIAeTCs U TSHET 33 COOOH KIIETKY.
O6pazoBasiinecss (QUIONOAMH, I0-BUAMMOMY, BTATHBAIOTCS OOpAaTHO, a BMECTO HMX B JAPYTHX MECTaXx BO3HHUKAIOT HOBBIC, TaK YTO KIJETKA MOXET
IepeMeIarhesi TO B OJHOM, TO B APYroM HAIpaBICHHH. B KOHIE KOHIIOB, OJHAKO, KICTKH 3aHHMAIOT 4eTKO OIpe[eIeHHOE MOJIOXKEHHE, YTO, IO Bcel
BEPOSITHOCTH, OOYCIIOBJICHO HX CIICHU(UYSCKUM CPOACTBOM K KAaKHM-TO YydJacTKaM IIOBEPXHOCTH Oxacromens. OTO OBUIO IOKa3aHO B OIBITaX C
MOHOKJIOHAJIbHBIMU aHTUTENAMH, KOTOPBIE IIPOJIEMOHCTPUPOBAIM BHICOKOCICIIMATH3UPOBAHHbIE PA3IHYMs MEKAY KIeTKaMU B Pa3sHbIX y4acTKax SMOpHOHA B
OTHOIICHUU XMMH3Ma HX MOBEPXHOCTH (K ATOW TeME MbI BEPHEMCS MO3KeE - ¢M. pasz. 16.6.1). Konb cKopo KIeTKH NEpBUYHON ME3EHXHMBI 3aHSIM CBOE MECTO,
OHH HaunHAIOT GopMHpOBaTE ckener (16-6, E).

C HayaJoM MHIPAIMU KIETOK MEPBHYHON ME3€HXMMbI HAYMHAET MHBATHHMPOBAThH (BILTYMBATHCS) SMHUTEIMH B 00JACTU BEr€TaTUBHOIO IIOJIIOCA,
o0pa3sys, TakuM 00pa3oM, NepBUYHYIO KUIIKY (puc. 16-6, B). Ilpu 3ToM cHavana u3MeHseTcs (popMa SHUTETHATBHBIX KIETOK: BHYTPEHHHMI KOHELl KJICTKH,
oOpaleHHbIH K 6JIaCTOLENI0, CTAHOBUTCS IIIMPEe YeM HapY>KHBIH, ¥ II09TOMY KJICTOUHBIH cI0i mporudaercst BHYTph Onacrouesns (puc. 16-8). Caemyromuii sTan
MHBAarMHAIMH TIPOMCXOANUT 3a CYET MHOTO IIpoliecca-nepepacipe/ecHus KIeTok. VIHBarnHupyomme KJIeTKH aKTHBHO NEPEeCcTPauBaloTCs, HO X (Gopma mpu
9TOM He MeHseTcs. B pesynbrate moHaualy DOBOJIBHO IIMPOKAs MOJIOCTH IAacTPyJbl IPEBPAIIAeTCs B JUIMHHYIO Y3KYyIO KHIICYHYIO TPyOKy. OIZHOBpEeMEHHO
oIIpeJieTIeHHbIe KJICTKH Ha BEPXYIIKE 3TOH KHIICYHON TPYOKH BBITYCKAIOT B OJIACTOLENb AIMHHBIC (PUIONOMNH, KOTOPBIE BCTYNAIOT B KOHTAKT CO CTCHKAMHU
IIOJIOCTH, NPWIMIIAIOT K HAM M COKPAILAIOTCS, KaK Obl IOMOTasi HAIPaBJIATH Ipolecc WHBarMHamuu (puc. 16-6, I, [{). JIBikeHHe NpeKpainaercs Mocie
CONPUKOCHOBEHHS CJICTIOT0 KOHIA KUIIEYHOI TPyOKHM ¢ Hapy>KHO# CTEHKOW 3apojblliia Ha €ro MpOTHBOIOJIOKHOM KoHIe (puc. 16-6, E). [lo3nHee B mMecte
KOHTAaKTa JIByX COIPHKACAIOIINXCS CIIOEB CTCHKA 3apOABIINIa IPOPHIBACTCS, X Ha MECTe IPOPHIBA 00pa3yeTcs BTOPUYUHBIN poT. II0CKONIBKY KIETKH, KOTOPBIC
CBOMMH (MJIONOMSAMYU HANpPABISUIM MHBAarMHALMIO, BBINOJIHIIM CBOIO 33a7ady, OHHM OTHACISIOTCS OT SIMTENHs, HNEepPeMEIIaloTCsi B IPOCTPAHCTBO MEXIY
KHUIIEYHOH TpyOKOH M CTEHKOH Tela M MPEeBPAaIalOTCs B TAaK HA3BIBACMYIO GMOPUYHYIO Me3eHXUMy, KOTOpas CO BPEeMEHEM JacT Hadalo CTCHKE LeIoMa U
MYCKyJIaType.

B pesynbrare ractpyisiiuy noias chepuueckas 01acTyia IpeBpalaeTcs B TPeXCIOHHYIO CTPYKTYpPY: BHYTPEHHHUH CIIOH, T.€. CTEHKY IepPBHYHOI
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KHIIKH, Ha3bIBAIOT IHTO/IEPMONi; HAPYXKHBIH CIION, KOTOPBIN TaK M OCTAJCS CHAPYXKH, - SKTOJAEPMOMH, a IPOMEKYTOUHBIM PBHIXJIBIN CIIOH TKaHHU, COCTOSIIUI 13
[IEPBUYHOW M BTOPUYHOW ME3CHXHMBI, - Me304epMoOii. DTO - TP NEPBHYHBIX 3APOABIMIEBBIX JHCTKA, XapaKTEPHbIC JUI BCEX BBICIIMX JKUBOTHBIX.
Opranuzanus TPeXCIOWHOro 3MOpHMOHa B OOIIMX YEPTax COOTBETCTBYET OPraHMU3AlMM B3POCJIOrO XXMBOTHOTO C IMIIEBAPUTENILHOM TPYyOKOH BHYTpH,
SMUIEPMICOM CHAPYXKU H OPTaHAMH COCIUHUTENBHOIO TKAaHHOTO IPOUCXOXKACHUS MEX Iy HUMH. B mmepBoM npHOIIKEeHUH MOJKHO CKa3aTb, YTO 3TH TPH THIIA
TKaHel B3pOCIIOro OpraHu3Ma IMPOUCXOIAT COOTBETCTBEHHO U3 3HTOAEPMBI, SKTOJEPMbI U ME30/IEPMbI, XOTsl BCTPEUAIOTCSl U UCKIIFOUeHUs (cM. pas3n. 16.1.7,
16.1.8 1 16.1.9).

16.1.5. I'acTpy/IsSiIMOHHbIE ABHKEHUSI OCHOBAHBI HA YeTKO CKOOPAMHHPOBAHHBIX NPOCTHIX ABUH/KEHUSAX KJIETOK [1, 6, 7]

TacTpysIMOHHBIC JABIDKEHHS OCHOBAHBI HA OTHOCUTENILHO IIPOCTOM HAa0Ope OCHOBHBIX IBIDKCHHH KiIeTOK. KileTku MOryT MeHsSTh cBOIO (opMmy B
pe3yJbTaTe BBITSATHBAHUS MM COKpALICHHs; OHHM INPUKICHUBAIOTCS WIM OTACNSAIOTCS OT IPYIHX KIETOK WM BHEKJIETOYHOIO MATpPHKCAa; OHU MOTYT
CCKPETHPOBATH BEILIECCTBA BHEKICTOYHOIO MATPHKCA, KOTOPBIC CACP)KUBAIOT MM HAINPABISIOT MX ABIKCHHs. Takue BUIBI KICTOYHON aKTMBHOCTH, HApsdy C
POCTOM KJIETOK U HX JIeJICHHEM, JIe)KaT B OCHOBE BCEX MOP(OreHeTHIECKUX JBIDKCHUH KaK OTAENBHBIX KIETOK, TaK U UX TPYIII, BKIIOYAst, B YACTHOCTH, TaKHE
IIPOLIECCHI, KaK MepepacrpesieliecHHe KICTOK, 00eCleynBaroliee HHBarHHALMIO U 00pa3oBaHKUE IEPBHYHON KHIIKU. ['acTpyssius, Oyaydd HCKIIOYHTEIBHO
BaXXHBIM COOBITHEM Per se, KPOME TOT0, ISMOHCTPUPYET Pa3IM4HbIC (POPMBI KIICTOUHOTO TOBEICHHS.

B mocnenyromux rmaBax OyxyT oOCYKHaThCs MEXaHH3MBL, HCIOIb3yeMble KIETKaMU I U3MEHEHHUs cBOei (JOpMBI MM aJre3WBHEIX CBOICTB.
VHanBuayansHOE pa3BUTHE CTaBUT HEpei HAMU 0COOYI0 MpoOieMy: HEOOXOOMMO HOHATh, KaKMM 00pa3oM dJIEMEHTapHbIC BHUJBI KICTOYHOIH aKTHBHOCTH
KOOPAMHHPOBAHbI BO BPEMEHHU U IPOCTPAHCTBE; HIMCHHO 3Ta KOOPJMHALMS ONPECIIsCT MOBEACHHE KaXI0H U3 dacTeil SMOpHoHa. B Hacrosiinee Bpemst HaMm
ele He BIIOJHE SCHBI IPEKPAaCHO CPEXKUCCHPOBAHHBIEC TaCTPYIIIIMOHHBIC JBIKCHU. TeM He MeHee SKCIIEPUMEHTH! Ha 3eMHOBO/IHBIX IT03BOJIIOT OTBETHTH Ha
BOIIPOC, KaKHe M3 YacCTeH racTpyJMpYIOIIEro SMOpHOHA JIBIXKYTCS 32 CYET CBOMX COOCTBEHHBIX BO3MOXKHOCTEH M KAaKHE 4acTH SMOpPHOHA HAXOMSATCS MOI
BO3/ICHCTBUEM BHELIHUX CHII.

¥ 3apoppinieif 3¢ MHOBOAHBIX MPUCYTCTBHE KIETOK CO 3HAUUTEIBHBIM H30BITKOM JKEJITKa CYIECTBCHHO 3aMeNIIeT HHBAIMHAIIHIO, BCICICTBUE YET0
reoOMeTpHs IIPOLIECCca CTAHOBUTCS OOJIee CIOXKHOM, 4eM y MOPCKOTro exa. MHBarMHauus HaunHAeTCs HE Ha BEreTaTUBHOM IIOJIFOCE, 8 HECKOIBKO COOKY, e
cHayaia oOpasyercs HeOoJblLIOe YriayOieHne, UMeHyemMoe 6J1acTonopoM. Uepes Hero nporcXoAuT BBOpAuMBaHKE KIIETOK Oyyiieit sHToxepmsl (puc. 16-9).
ITo mepe yrayOneHus mpoliecca WHBarMHAIMK OJAcTONOp mpuoOperaeT GopMy KONbLA, OKPYXKAIOMIETO YacTh BHAMMOH CHApYXKH JHTOACPMBL. DTa 4acTb
SHTOAEPMBI HA3bIBACTCS JKEINTOYHOI MPOOKOM; 31€Ch PACHOJIOKEHBI KJICTKH, OOOTraIleHHbIE JKENTKOM (IO3KE OHU MONAIyT B IIOJOCTh KUIIKH U OyxyT
nepeBapeHsl). B 9T0 e Bpemst 6iacToiepMa Ha aHMMAJIbHOM II0JIIOCE aKTUBHO PACLIMPSETCS M 3aHUMACT MECTO KIICTOK, yCTPEMISIOIIMXCS BHYTPb. B KoHIle
KOHI[OB O1acTOepMa aHUMAJIBHOTO MOJIYIIAPHsI TOKPHIBACT BCIO HAPYKHYIO IIOBEPXHOCTH SMOPHOHA, a pa3Mephl 0JIaCTOOPA CHIIBHO YMEHBIIAIOTCSL.

B ocHoBe mporiecca MHBarMHAaLM{ y 3€MHOBOJHBIX, IIO-BHIMMOMY, J€XKAaT T€ XK€ MEXaHH3MbI, 4TO U y MOpcKoro exa. CHayajga IPOMCXOAUT
u3MeHeHne GpopMbl KIETOK B 00macTu GnacTonopa. Y 3eMHOBOJHBIX 3TO TaK Ha3bIBACMbIC KOI00GUOHbIE KIemKU, OHU XapaKTEPU3YIOTCS LIMPOKUM OCHO-
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Puc. 16-9. A. I'actpymsiius y Xenopus. Buennuii Buj 9MOpHOHa (86epxy,! TIPEACTaBIEH CO CTOPOHEI BET€TATHBHOTO IIOJIIOCA; IOIIEPEYHEIE Pa3pessl (8HuU3Y)
MIPOXOJIAT B IJIOCKOCTH, TIOKa3aHHOM IITpUX0BOM nuHuel. Hanpasiienue 1BMKEHNUs KIETOK yKa3aHo cTpenkaMu. 5. Kapra npe3yMNTHBHBIX 3a4aTKOB PAHHETO
aMOproHa Xenopus (Buj cOOKy) ¢ Hadalia raCTPYJISLUN yKa3bIBaeT Ha IIPOUCXOXKACHHE KIIETOK, KOTOPBIC BCICACTBHE TaCcTPY IALMOHHBIX JBUKCHUH IPHMYT
ydactue B GOPMHPOBAHUH TPEX 3aPOJBIIIEBBIX JIUCTKOB. Pa3nudHble yacTH Me30iepMEbI (00KOBast INIACTHHKA, COMUTBI, XOp/ia) MIPOUCXOJT U3 GoJiee rryOoKo
PACIIONIOKEHHBIX KJIETOK 00/1acTH, 0003HAYEHHOH TOUYKaMHM; APyTUe KICTKU 3TOH 00JIacTH, B TOM YHciie Hanboliee MOBEPXHOCTHBIE, 1a/lyT HAaYalo SKTOAEpME
(cepslif LIBET, 66epxXy) WK SHTOAEPME (pa3IMYHbIC OTTEHKU KpacHOro 1BeTa, kHu3zy). (R. E. Keller, J. Exp. Zoob, 216, 81-101, 1981.)

BaHMEM M JUIMHHBIM Y3KHM KOHIIOM, IPUKPEILUIAIONINM KICTKH K BHYTPEHHEH NMOBEPXHOCTH CTEHKH Oiactyibl (puc. 16-10). DTH KIETKH TAHYT SIUTENHH
BHYTpb, BCIEJICTBUE YEro Ha IOBEPXHOCTH OJacTysbl BO3HHKAET HpojosibHas Gopo3zaa. Ilocne dopmupoBanus 3T0i 0OpO3abl KIETKH HPOJOJIKAIT CBOE
IBIDKCHUE BHYTPb B BHJE ILUIACTa, NIPHHUMAIOIIETO ydacTHe B (OPMHpOBaHMM KHIIKH. Kak M y MOPCKOTro exa, 3TO JIBIKCHHE OCYIIECTBISIETCS 3a CUET
aKTHBHOM IepeyIakoBKU KJIETOK 3ITHTENNs, 0OCOOCHHO B KpaeBoil 30He, mpuiiexaiieii k rybe 6nacronopa (puc. 16-10). Hebonbmme kBagpaTHbie (pparMeHThI
U30JIMPOBAHHOM TKaHU KPaeBOIl 30HBI B YCIOBUSX KyJIbTYpPbl MOTYT CHOHTAHHO YJUIMHATBCS W PACIIUPSATHCS BCIEICTBUE IEPEYNaKOBKH Ki1eTok (puc. 16-10,
b), xak eciu ObI OHM HAXOAWIHCH B 3apOABIINIE H YCTPEMILUIHCh BHYTPH IIOCIICIHET0 depe3 OiacTonop. MexaHu3M HepepacipenesieHus KIEeTOK, JIeKaIui B
OCHOBE 3TOTO KOHBEP2EeHNHO20 pactuupenis OCTaeTCs 3araJKoi. BropuyHas HampaBisiomas, WIH ABHXKYINAs, CHIIa 00eCIIeunBaeTcs OyAyIMMU KIETKaMH
ME30/1€PMBbI, KOTOPbIC MUTPUPYIOT 110 BHYTPEHHEH MOBEPXHOCTH KPBILIM OJaCTOLENS M TAHYT SHTOAEPMY 3a cO0O0H, MOZOOHO TOMY KakK 3TO HPOUCXOAUT Y
3apoJbllIa MOPCKOTO €Ka, TOJILKO Y MOPCKOTO €Xa B Ka4eCTBE JBIKYIICH CHIIBI BHICTYNAIOT OyIyIIue KISTKH BTOPHYHOH Me3eHXUMbI. Kpbima Omacromers
BBICTJIaHA MaTPUKCOM, OOTaThIM (PMOPOHEKTHHOM, U NP MHBEKIMH B GJIACTOLIENb AaHTUTEI WIIH IENTHI0B, OIOKHPYIONNX B3auMoeiicTBie GpHOPOHEKTHHA ¢
peuentopamMu KJIeTOYHOU MOBEPXHOCTH (cM. pasa. 14.2.13), HopManibHas racTpyJisaLus TOPMO3UTCS (B YACTHOCTH, Y TPUTOHOB U cajamanip) (puc. 16-11).

YV 3eMHOBOZHBIX, KaK H y MOPCKHUX €KEH, TacTPYIISIUs IPHUBOJIUT K 00Pa30BaHHIO TPEXCIOWHOTO 3apOobIlla ¢ Hapy>KHBIM 9KTOJEPMAIBEHBIM CIIOEM,
BHYTPEHHEI TpyOKOI 3HTOIEPMBI, NPEJICTABIIONICH COOO0I 3a4aTOK KHIUKM, M ME30AepMOil Mexay Humu. PoToBOe OTBEpcTHE 00pasyeTcst Ha NepeiHeM
KOHIIE 3apOABILIIA, TIe ME30/IepPMa OTCYTCTBYET, U [I0ITOMY 3KTOJEPMa MOKET BCTYIIATh B IPAMOIl KOHTAKT C SHTOACPMOM.
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Puc. 16-10. 4. Ha cpe3e yepe3 sMOpHOH Xenopus, CACTaHHOM BO BpeMs raCTPYJISILIUK U IPOXOISIIEM B TOI K€ IIIOCKOCTH, YTO M Ha puc. 16-9, mokaszaHsl
YeThIPE OCHOBHBIX THUIIA JBIKCHHIA, JIEKAIIMX B OCHOBE 3TOTO nporecca. . Mozeib nepepacnpeeneHus KIeToK, IPUBOASIIEr0 K KOHBEPIEHTHOMY
BBITATHBAHHIO, KOTOPOE, BO3MOIKHO, SIBILSICTCS [NIABHOM ABIDKYILICH CHIION mporieccoB racTpyiiuun y Xenopus. (4 - u3 R.E. teller, J. Exp. Zool., 216, 81-101,
1981; b-m J. Gerhart, R. Keller, Annu. Rev. Cell Biol., 2, 201 229, 1986.)

16.1.6. I'acTpyIsiliMOHHbIE ABHKEHUSI OPTaHU30BaHbI BOKPYT OJacTonopa [2, 7, 8]

JIBMXKEHHUsI KICTOK B IPOLIECCE TACTPYJISALMH CIOXKHBI, HO YIOPSJOYEHbI, YTO MO3BOJSAET €Il [0 TacTPYJSIMU MOCTPOMTh HA MOBEPXHOCTH
IMOpUOHa Kapmy npesymnmuseHvix 3ayamxog (puc. 16-9, 5), KOTOpas MOKa3bIBacT, U3 KAKUX KJIETOK IMPEACTOMT (OPMHPOBATHCS PA3IUYHBIM YaCTSIM
B3pOCJOr0 OpraHm3Ma. A Kak 3allyCKaeTcsi M OPraHM3yeTCs BECh CIIOKHBIM KOMIUIGKC TacTPYJISIMOHHBIX [BIKCHHH? Y 3EMHOBOJHBIX Ba)KHBIM
[pE/IBAPUTEIILHBIM ITAlOM SIBJISETCS MEepepacipeeieHie COAEpKUMOro siila cpasy e M0Cie OIUIOA0TBOPEHHUs. VIHBaruHauus Beerga HauMHAeTCsk B TOM
MecTe, KOTOPOEe COOTBETCTBYET PACIHOJIOXKEHHIO ceporo cepma (cM. pasm. 16.1.1): 3mech B obmactu Oyamyuieit mopcansHOI ryObl GiacToropa BpalieHHE
KOpTEKca siiil[a [0 OTHOIICHUIO K BHYTPEHHEMY COJEPKMMOMY, BBI3BAaHHOE OILIOAOTBOPEHHEM (CM. puc. 16-2), mo Bcell BEPOSITHOCTH, CO3/ACT COYETAHHE
KJICTOYHBIX KOMIIOHEHTOB, 00Ja/alolee YHUKAIbHBIMU CBOMCTBaMH. Eciu B Hayane racTpysisuud y 3apojbllia-J0HOpa YAAIUTh JOpPCAlbHYI0 TyOy
GacToropa U mepecajnTh e APYroMy 3apOJIBIITY, TO TaCTPYJISAIHS 3apOIBIIIIa - PEIH-

A 5 SN S
0,5 Mmm

Puc. 16-11. 4. HopmasnpHblii SMOPHOH TPUTOHA B KOHIIE FACTPYJIALMHU; YJHTOASPMA U Me30iepMa HHBATHHUPOBAIH BHYTPb, GacTomop nprodpern Gpopmy
KOJIbI[a, OKPY’KAIOIIET0 KPYIHBIE SHTOAEPMAaIbHbIC KICTKH, eIlIe OCTAIOIHeCs Ha IOBEPXHOCTU. DTOT OCTABIIHICS YyIaCTOK YHTOCPMBI Ha3bIBAIOT
XKENTOYHON NpobKoid. 5. Takoit ke SMOPHOH, y KOTOPOTO TacTPYJISIIHOHHBIE IBUKEHUS ObUTH OJIOKMPOBAHBI MHBEKIHEH B II0JI0CTH OJ1aCTYJIIbl aHTHTEI MPOTUB
¢ubdporekTiHa. KileTkn BereTaTUBHOTIO MOJIyIIAPHs HE CIIOCOOHBI NEPEeMEIaThesi BHYTPh U OCTAIOTCS CHAPY KU (TJ1aJiKast OKpyIJlas Macca B HIDKHEIl 4acTi
PHCYHKa); KJIETKH aHUMAaJIBHOTO IOIyIIapust 00pasyloT CTPYKTYpY, HAIOMUHAIONIYIO ITyCTOH MEIIOK, H BCIEACTBHE racTPYJIIHOHHBIX ABIDKEHHI, KOTOpBIE B
HOpPMeE IIPUBOJIIT K €ro pacipoCcTPaHEHHIO 110 IIOBEPXHOCTH SMOpHOHa, OH cTsiruBaercs B ckiaanku. [J. C. Boucaut et al., J. Embryol. Exp. Morphol., 89
(Suppl.), 211-227, 1985.]



66

PaiguBaetcn
ABOMHOKW 33RO LI
ASY K BECE W1

5 ; KAETruMHOro

MaTepdana

X fepecaxannan LA NAEMT
popcaneHan ryba
BnacTonopa
Dopecaneryro ry6y Gnactonopa aoHopa BbI3LIBAET WHBArWHALWIO
A NEPECAMUBBIOT PEUMNUEHTY B APYroe MEecTo elle B OAHOM MECTE

Puc. 16-12. 4. Cxema SKCcIiepEMeHTa, II0Ka3bIBAIOIIETO, YTO JOpcalibHast T'yba 6l1acTonopa HHHIMUPYET U KOHTPOIIHPYET IracTPYIISIUOHHBIC ABIKCHHS U B
Cllydae Iepecaki OpraHu3yeT BTOpoil Habop cTpyKTyp 3apoasiia. 5. dotorpadusi BO3HUKAOIIETO B Pe3yIbTaTe TAKOW OMEpPaii aKCOIOTIIs, HMEIOLIETO B
TOJIOBHI 1 /1Ba XBocTa. [1000HbIE pe3yIbTaThl IIOTY4YCHBI U Ha Xenopus, XOTs MacIITaObl TyIUIMKAIMH HECKOIBKO OTANYAOTCS. (B-C MI00€3HOT0 pa3peieHus
Jonathan Slack.)

MHEHTa HaYyHETCs Kak B 00JlacTH COOCTBEHHOW T'yObl OnacTomopa, Tak ¥ B 001acTd, Kyaa Obuia mepecaxeHa ryda moHopa (puc. 16-12). BenencrBue 3toit
BTOPOIl TacTPyJISIUH IPOHCXOAUT 00pa3oBaHHE BTOPOro Habopa CTPYKTYp Tella M BO3HUKAeT ABOMHOU 3apojbIll (HarmomoOHe cHaMCKHX Onm3HeroB). Eciu
JUISL OTBITOB C MIEPECaKOM NCIOJIB30BATh KIETKU, KOTOPBIE MUTMEHTUPOBAHBI HHAYE, TO TKAHb PELUITMEHTa JIETKO OTIMYUTh OT MMILUIAHTHPOBAaHHOH TKaHu. C
[IOMOIIBIO 3TOT0 METOZA YAAJIOCh ITOKa3aTh, YTO UMIUIAHTUPOBAHHAs T'yOa 61acTONOpa BOBICKACT B KOHTPOIMPYEMBIl €0 POLECC MHBATHHALINK STTUTEINH
xo3sMHA. Jlamee MBI IOKaXKeM, 4TO JUIsi 0Opa3oBaHHS TPEX 3apOABINICBBIX JIHCTKOB B IIPOLECCE TacTPYJLIIUM HCKIIOYUTENBHO BaXKHBI XMUMHYECKHE U
(u3ndeckne B3aUMOJEHCTBUS Mexay KieTkamu. Ho crepBa Mbl BKpaTIie pacCMOTpUM AalibHEifIee pa3BUTHE SHTOAEPMBI, ME30JEPMbl U 3KTOJEPMBI, U3
KOTOPBIX COCTOHT IMOPHOH MO3BOHOYHBIX II0CJIC OKOHYAHHS [ACTPYIALIMH.

16.1.7. U3 3nTOAEpPMBI 00pa3yeTcsl KMIIKA H TaKHe ee MPOU3BOJAHBIE, KAK JerKue U neyeHp [9]

DHTOAEpMa 00pa3yeT TpyOKy-3a4aToK IHIIEBAPUTENBHOTO TPaKTa; OHA TAHETCS OT pra A0 aHyca. JTa TpyOKa JaeT Hayalo He TOJIBKO TJIOTKE,
IHIIEBOJY, KENTyIKy M KHIICUHHKY, HO TakKe MHOTHM >KeJe3aM: CIIOHHBIM, IIEUEHH, MOKEIYA0YHOH Kejle3e; Tpaxes M Jerkue Taike GopMHupyloTcs U3
BBIPOCTOB CTCHKH HHINEBAPUTEIBHOTO TPAKTa, KOTOPBI BHAaYalle yCTPOCH BEChMa MPOCTO. Bce 9TU BRIPOCTHI yBEIMYUBAIOTCS U MPEBPAIIAIOTCS B CHCTEMY
Pa3BETBIICHHBIX TPYOOYEK, BIAJAIOINX B KHIIKY MM ropTaHb. Ecium roBopuTh TO4YHEe, dHTOAEpMAa (OPMHpPYET TOJIBKO BHYTPEHHHE OIIUTENHAIBHBIC
KOMIIOHEHTBI JTHX CTPYKTYp - BBICTHJIKY KHIIEYHHUKA M CEKPETOPHbIE KJICTKHM IOKEIYAOYHOH >Kele3bl, a MOANEP)KHBAIOLUINE HX MBIIICUHbIE WK
COCIHHHUTEIPHOTKAHHbIC YIEMEHTHI BOSHHKAIOT U3 ME30ICPMBI.

16.1.8. 13 me301epMbl 00pa3yOTCsl COeTUHUTEIbHASI TKAHb W MBILIIBI, 2 TAKKE CEPAeYHO-COCYAMCTAsi 1 MOYeIo0.JI0Bast
cuctemsl [9, 10]

IMocne 3aBepieHnst TacTpy/IAUUKM 0OPa30BABIIMIICS CPEJHUH 3apOABIICBBIA JIMCTOK, ME30JepMa, Pa3leisIeTcs Ha JJBE YacTH -1 NMPaBOi M s
11eBOH MONOBUHBI Tena. ONUH U3 YYaCTKOB ME30JEPMBI B 3TOT HEPUOA CHCHHAIN3UPYETCs, PACIoIarasich BAOJIb HEHTPAIBHONW OCH Tela, U JeTCPMHHHPYET
JIeTIeHHE TeNa Ha JBE MOJIOBHHBI - IIPaBYIO H JIEBYI0. ITO-X0P/a, IPEICTaBIISIOmas COOO0i TOHKUIT KISTOUHBIH TsDK JuamMeTpoM 80 MKM; Haj Heil pacHosiokeHa
9KTOZEpMa, TI0J HEel - HToAepMa, a 1o OokaM - Me3oiepma (cM. puc. 16-15). Knetku xopapl HaOyXarT, B HUX INOSBIIAIOTCS BAaKYONH; 3TO HPUBOJMUT K
YIUIHHCHHUIO XOPIbI M KaK CICACTBHE - K BBIIPAMICHHIO 3apOJBIIIA. Y CaMbIX NPUMUTUBHBIX XOPJOBBIX, HE MMEIONIMX MO3BOHOYHUKA, XOPZA BBIIOTHICT
(YHKIUH ONMOPHOH CTPYKTYpHl. Y IIO3BOHOYHBIX XOpZAa SIBISETCS TOH OCBIO, BOKPYI KOTOPOHl COOHMpAaroTcs Me30/epMallbHble KICTKH M 00pa3yloT
MO03BOHOYHUK. TakuM 00pa3oM, Xop/ia CIIyKHUT HPEAIIECTBEH-
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HHKOM MO3BOHOYHOTO CTOJIOA HE TOJIBKO B IIPOLIECCE YBOIIOLNH, HO H B OHTOTCHE3E.

MesozepMa B OCHOBHOM J]a€T HAuajlo COCAMHHUTEIBHBIM TKAHAM - CHa4alla Me3eHxume, KICTKH KOTOPOi 00pa3yroT PBIXIIYIO CETb, 3aIOIHSIIONLYO
MIPOMEXYTKH MEXAY APYIMMH TKaHAMH (cM. puc. 14-20), a 3aTeM KOCTH, XLy, MbIIIIAM U (HUOPO3HBIM TKaHSIM, B TOM YHCJIC BHYTPEHHEMY CJIOI0 KOXH
(mepme). MeliieyHbIe KICTKU TAKXKE BOSHUKAIOT U3 Me30AepMbl. 13 Hee opmupyercst Goutbliast 9acTh IPOTOKOB MOYEIOIOBOI CHCTEMBI, a TAKIKE CEPACYHO-
COCYAHCTas CHCTEMA, BKIIFOUasi CEpALE M KICTKH KPOBH.

16.1.9. U3 3xToaepMbI 00pa3yeTcsi INUAEPMUC U HepBHasi cuctema [9, 11]

HapyskxHast cTeHKa 3apoblilia OCJIe TacTPyJIILUM HPEACTaBlIeHa JUCTKOM JKTOIEPMBI, U3 KOTOPOHl Mo3ke oOpasyeTcss Hapy KHbIH CIOH KOXKU -
sruaepmuc. OHAKO 3THM OyIyllee SKTOAEPMBI He HCUEPIIbIBAeTCS: U3 SKTOACPMBI (OPMHpYETCs TakKe BCsl HepBHas cucreMa. IIponecc obpasoBanus 3Toi
CHCTEMBI Ha3bIBaeTCsl HeHpY.IsinMeii; OH HAYMHACTCSI C YTOJIIECHHS IIHPOKOr0 JOPCAIBHOIO y4acTKa SKTOAECPMBI, KOTOPBII 3aTeM CBOpayuBacTcs B TPyOKy U
OTAENAETCA OT OCTAJBHOM YacTH KJIETOYHOro cijosi. Takoe npeoOpa3oBaHUE WHIYLHMPYETCS XOPJIOH M ME30AEPMOM, JEXAIMMM MO 3TOH 00JIacThio
3KTOAEpMBI (cM. pasa. 16.6.3). TpyOka, oOpa3oBaBIIascsi U3 KTOACPMBI, HOCUT Ha3BaHHC HEPBHOI TPYOKM; B mpolecce JajbHEHIIEro pa3BUTHS U3 Hee
BO3HHKHET TOJIOBHOM M CIIMHHOW MO3r. BIonb JIMHHHM, 1O KOTOpOiH HepBHas TpyOka OoTAensercs oT OyAyIuero SmuiaepMuca, OT Hero obocobisiercs eie
HEKOTOPOE YHCIO JKTOJIEPMAJIbHBIX KJIETOK; MO3KE 3TH KJIETKH IMOOAHMHOYKE MUTPUPYIOT 4Yepe3 Me30AepMy. DTO KIETKH HepBHOIO rpedHsi, H3 KOTOPHIX
00pa3yroTcs MPaKTUYECKH BCe KOMIIOHEHTH! ITepH()epHIecKoil HePBHOW CUCTEMBI (B TOM YHCIIe CEHCOPHBIC U CHMIIATUYCCKIE TaHTINH, IIBAHHOBCKUE KIIETKY,
o0pa3yolyie MHEIMHOBYIO 000JIOUKY mNepHpepruueckux HepBoB) (cM. pasm. 19.1.1), a Tawke KJISTKM HAANOYSYHUKOB, CEKPETHPYIOIIME aJpCHAIIMH, U
MUTMEHTHbIC KJIETKH KOXH. B 001acTi rosoBbl MHOTHE KJICTKH HEPBHOTO IpebHs JupdEpeHIMPYIOTCs B XPALL, KOCTh U MHBIC THIBI COCANHUTENBHOMH TKAHH,
KOTOpBIC B JPYTUX 4YacTsAX Tela (OPMUPYIOTCS M3 Me30JepMBL. DTO OJWH M3 HEMHOTHX CIydaeB, He yKJIa[bIBaloNIMiicss B oOIlee INpeiCcTaBICHHE O
COOTBETCTBUU TPEX 3apOJBIIIEBBIX JIMCTKOB TPEM «KOHLEHTPUUYECKHM» CIIOSIM B3pocioro opranusma. OpraHbel 4yBCTB, NEPEJAIOIIME HEPBHOH CHCTEME
HH(OPMALIUIO O 3PUTENIBHBIX, 3BYKOBBIX, OOOHSATENIBHBIX M MHBIX CTHMYJaX, TAKXKE Pa3BHBAIOTCS U3 SKTOJACPMAIIbHBIX 3aKJIAJ0K - OJHU U3 HEPBHOH TPYyOKH,
JIpyTue - U3 HEPBHOTO IPEOHS, TPETHH - U3 HAPY>KHOTO CIIOS KTOASPMBI (M. pHC. 19-55, pasx. 19.7.1). Hanpumep, cerTuatka oOpasyeTcst Kak BEIPOCT MO3Ta H,
CIICIOBATENBHO, SBISETCS NMPOU3BOAHBIM HEPBHOH TPyOKH, TOrza Kak OOOHSATENbHbIC KICTKH AU(GGEPEHUUPYIOTCS NPSIMO U3 3KTOASPMAIBLHOTO SHMHTEIUS
HOCOBOI I1OJIOCTH.

16.1.10. HepBHas TpyOka o0pa3yeTcsl B pe3yJibTaTe KOOPAMHHPOBAHHBIX U3MeHeHU# (opMBbI KJIeTOK [6, 12]

O6pa3oBaHne HEPBHOU TpyOKH - JTO COOBITHE, BeCbMa IOCTOHHOe Hamiero BHHMMaHHS (puc. 16-13). CHauaza HOBEPXHOCTh TacTPYJIBI
MIPE/ICTABIISACTCS JIOBOJBHO OJHOPOJHON, HO HEKOTOPbIE U3MEHEHUs 3/IECh YK€ MPOUCXOSAT: SKTOAEPMa BO3JIE CPEAHEH JIMHUU HAuMHAET NPUIIOAHUMATBCS,
obpasys HepeHylo niaacmunky. BokoBble Kpas HEpBHOW INIACTHHKH YTOJNIIAIOTCS; OTH YTOJNIICHHS, HA3bIBAEMBIC HEPEHbIMU BANUKAMY, TOCTCICHHO
COMIDKAIOTCS, a B caMOl IUTACTHHKE BJIOJIb CPEHEH JIMHUM oOpa3yercs jkeIo00K. B KOHIle KOHIIOB BAIUKH CXOJSTCS HAJ HUM H CIMBAIOTCS, B PE3ylbTaTe
4ero
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Puc. 16-13. O6pa3oBanue HepBHOI TpyOKH Y Xenopus. Bun cHapy»Xu ¢ TOpcalibHOI CTOPOHBIL. Pa3pessl poXoIsT B INIOCKOCTH, yKa3aHHOU IIPEPHIBUCTOM
smaueit. (T. E. Schroeder, J. Embryol, Exp. Morphol., 23, 427-462, 1970.)

BO3HHKAET II0Jasi HEpBHas TpyOKa, IIOKPHITas CBEPXY CIUIONIHBIM CJIOEM JKToAepMbl. Kak M B cilydae racTpyJSIHH, BCE 3TH IPOLECCH 00YCIOBICHBI
BBITATUBAHUEM, aJre3Meil U COKPAICHHWEM OTHEIBHBIX KIETOK JMUTEIHAIBHOrO ciios. KIIeTKH HEepBHOH IUIACTHHKH CBSI3aHBI MEXAY COOOH HPOYHBIMH
JIaTepaIbHBIMI COCAMHCHUAMH. BHawalie KICTKM YUIHHSIOTCS B HAIPaBJICHHH, HEPICHANKYIAPHOM KIETOYHOMY cioto. Takoe ymnuHeHHEe (QOPMBI KIETOK
CBSI3aHO C yJJIMHEHHEM MHKPOTPYOOdYeK M HEOOXOJHMO JUlS IIPOJOJDKCHUS HEUpPYISIMU: IPH BO3JCHCTBHM KOJIXHIMHA - BEHIECTBA, BBI3BIBAIONIEIO
paspyLIeHHe MHKPOTPYOOUeK, HEpBHBIC BAJIMKU HE 00Pa3yl0TCsl BOBCE MIIM )K€ - KOJIb CKOPO OHU BO3HHKIIM - HCUE3AIOT. Y JUIMHUBIINECS KICTKU IPUOOPETAIOT
3aTeM KIMHOBHIHYIO (hOPMY C Y3KHMM KOHIIAMH, HAIIPaBICHHBIMU K BEpXHEil (alMKanbHOIT) MOBEPXHOCTH KJIETOYHOro ciios. Tak Kak KICTKH MPOYHO
COCJMHEHBI MEX/y CO000i OOKOBBIMHU IIOBEPXHOCTSIMH, a IMPUHA HX y OCHOBAHHS OCTAeTCs IMPeXHel, KIeTOUHBIH II1acT B esioM nporudaercs (puc. 16-14).
Cy»KeHue KIETOK Ha BepXyLIKe IPOMCXOAUT BCICICTBHE COKPAILCHHS IIyYKOB aKTHHOBBIX (DMIAMEHTOB, KOTOPBIC IPOXOAT MO/ AUKAILHOW HOBEPXHOCTBIO
KJIETOK, TaM, IJ1€ KJIETKU COCIMHSAIOTCS MosicaMu aare3uu (cM. pasa. 14.1.3).

16.1.11. CxonyieHne KJIETOK Me30AepPMbI 1eJUTCsl, 00pa3ysi COMUTHI 110 00€ CTOPOHBI OT NMPOA0JILHOIi ocH TeJia [13]

ITo 6oxam OT BHOBH 0Opa30BaHHON HEPBHOH TPYOKH JiexkaT OOIMIMPHBIC YIACTKH Me3oJepMsl (puc. 16-15). M3 yrommenHoi MeananbHOH obactu
Me30JepMbl 00pa3yroTCs MO3BOHKH, pebpa, CKEJICTHbIC MBI, a TAKKE COCIHHUTEILHOTKAHHBIM CIIOH KoXU. BHavane Me3oepma Ha KaxJ0i U3 CTOPOH
MIPE/ICTaBICHa €ANHOI Maccol TKaHW, HO BCKOPE OHA JENHUTCS Ha «OJOKW», Ha3biBaeMble comuTamu (puc. 16-16). Kaxaplit COMUT COOTBETCTBYET OJHOMY
JJIEMEHTY B BO3HHKAIOIIEM B pe3ynbrare Iu((hepeHIPOBKH cKeleTe U OyaeT AeHUThCs BIOCIEACTBHU Ha TPU YacTH. YacTh coMuTa, oOpameHHas K XopJe,
HAa3bIBACTCS CKIEPOIMOMOM W SBIISIETCS HCTOYHUKOM KIJIETOK, 00pa3ylolux pebpa M IO3BOHKH; 4acTh, OOpallleHHAas HapyXXy M NpUIIeKamas K J0pCabHOH
MOBEPXHOCTH IMOPHOHA, HA3BIBACTCS O0epMaAmoMoM U SBISECTCS HCTOYHHUKOM KICTOK, (JOPMHPYIOMINX COEIMHUTCIBHOTKAHHBIA CIOH KOXHU, WIH AEpMY;
OCTaBIIAsICA YaCTh COMHUTA UMEHYETCS Muomomom (MEKILy CKIEpOTOMOM U JEpPMaTOMOM) U SIBIISIETCS. HCTOYHHKOM KIIETOK CKEIEeTHBIX MBIIIII.

CoMutsl 000cO0IIAIOTCS HE BCE Cpa3y, a MOCIICA0BATENBHO OJIMH 32
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Puc. 16-14. Mzrubanue KI€TOYHOTO IU1aCTa BCIEACTBUE U3MEHEHUH (hOPMBI KIIETOK, OTIOCPEIOBAHHBIX B3aUMOACHCTBIEM MUKPOTPYOOYEK 1
AKTUHOBBIX (uaMeHTOB. [10 Mepe Cy)KeHHs alMKaIBHBIX KOHILIOB KJIETOK MEMOpPaHbl HX HAPY)XHBIX OBEPXHOCTEH CTAHOBSITCS BOTHYTBIMU. DTO MOXKET
SIBIISITHCSI CHMIITOMOM OBICTPOTO M3MEHEHUsI (JOPMBI BCIIEACTBHE COKPAICHUHT, KOTOPbIC HMEIOT MECTO B YCIOBHSX INIOTHOTO CONPHKOCHOBEHMUS OOKOBBIX
MOBEPXHOCTEH COCEMHUX KIIETOK, IJIe TOPMO3UTCS NMEPETCKaHNE N30bITKa MEMOpPaHBI BIOJIb KOHTAKTHPYOIIUX KOMIIICKCOB IO OOKaM KJICTOK.
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Puc. 16-15. Cxemarnueckoe H300pakeHHE MOIEPEYHOrO paspesa depes
TYJNOBHIHYIO 00JacTh 3MOPHOHA JIATYLIKM IOCJIE 3aMbIKAHHMS HEPBHON
TpyOku. (T. Mohun, R. Tilly, R. Mohun and J. M. W. Slack, Cell, 22, 9-15,

1980.)

e SOl

Puc. 16-16. O6pa3oBanue coMuToB y Xenopus. Beepxy- BHEIIHHIT BU]
3apojpliia npy HabmoaeHnu cOoKy. [IpepbIBHCTOM THHIEH TOKa3aHa
[UIOCKOCTh TOPH3OHTAIIBHOTO pa3pesa, H300pakeHne KOTOPOro
[IPE/ICTABIICHO B CEPEANHE. BHu3Yy CXeMa [eperpyupOBKH KIETOK
Me30/epMBI B TIporecce pOpMHUPOBAHHUST COMHUTOB (TIPH GONIBIIOM
yBenudenun). Y Xenopus Bce KIETKU, W3 KOTOPBIX TOTOM 00pasyroTes
COMHTBI, HCXOJJHO OPUEHTHPOBAHBI I10] IIPSIMBIM YIJIOM K OCH Tena. B
nporecce HOPMUPOBAHHSI COMUTOB BCE KIETKU KaXIOH IPYIIIIbI
MOBOPAYMBAIOTCS OHOBPEMEHHO.
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Puc. 16-17. CpaBHenue sMOpuoreHesa poio, aMmpuOuii, nTuL 1
MJIEKONUTAIOIMX. PaHHUE CTauK Pa3BUTHS (86epX)) OUEHb CXOHBI;
MO3IHHE CTAAUH (6HU3Y) PA3NUYAIOTCS 3HAYUTENBHO cHiIbHee. CaMble
paHHHUE CTaJuU N300pakeHbI IPIMEPHO B OJHMHAKOBOM MacIuTade, a
Gouiee mo3nHue craaui - B pasHoM. (E. Haeckel, Anthropogenic, oder

Entwickelungsgechichte des Menschen. Leipzig, Engelmann, 1874.)
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JIpYTUM HO HAIPABICHUIO OT TONOBHI K XBOCTy. CerMeHTAIHsl CONPOBOXKIACTCS M3MEHEHHEM B3aMMHBIX CBS3€H MeXIy KIETKaMH Me30[epMbl. B panneit,
HECErMEHTHPOBAHHON ME30/IepMe COXPAHSAETCS IEKTPUUECKOE CONPSIKEHNE KIIETOK Yepe3 HIeJIeBbIe KOHTAKThI, MCYE3AI0NINe HEMOCPEICTBEHHO IIEpe]] MU BO
BpeMst popMupoBaHus cOMUTOB. OUEBUIHO, CHaYalIa H3MEHSACTCS XapaKTep B3aHMOCBSI3H MKy KICTKaMH, 3aTEM OHU COOMPAIOTCS B KOMIIAKTHBIC IPYIIIbI 1
00pa3yloT coMuThl (CM. puc. 16-16). Ilo3ke Mbl yBHIAMM, 4TO (U3MYECKas CEIMEHTALUS KOPPEIUPYET C MOSBICHUEM XUMHYECKHX Pa3IMYMi MEXAY
COCEJJHHMH IPYIIIaMH KJIETOK COMHTOB (cM. pa3z. 16.5.20), cerMeHTHpOBaHNE KOTOPHIX HAIOMUHACT PACIIONOXEHHE TT0I0COK Yy 3e0psl. I1o Beeit BeposTHOCTH,
CEJIEKTUBHOE CIICIUICHHE, OCHOBAHHOE HA PA3MYMAX B XHMMH3ME IOBEPXHOCTH KIIETOK, SIBIISIETCS NMPUYMHOM pa3feieHus MaccuBa KIETOK Ha (PU3UUECKH
000COOJICHHBIE COMUTEL.

16.1.12. I1nan cTpoeHuUsI TeJ1a MO3BOHOYHOI0 KUBOTHOI'0 CKJIA/ILIBAETCS B MUHHATIOPE HA PaHHEl CTAJUU U COXpaHseTcs B
nepuoj pocta 3MOopuoHa [9]

Jluna sMGpHoHa Ha cTaju (HOPMUPOBAHHS COMUTOB HE TIPEBBIIIACT HECKOIBKHX MHILUTUMETPOB, OH 06bIdHO cocTouT 13 10° kietok. Jlo cux mnop
MBI UMENU B BULY Xenopus, HO (hopma U pa3mMepbl SMOpPHOHA IPUMEPHO OJAMHAKOBBI M y CallaMaH/IPbl, U Y PbIOBI, H Y KypHUIbI U Y desoBeka (puc. 16-17). Ha
Ooree MO3HUX CTAAUAX SMOPHOHBI OyoyT 3HAUHTEIHEHO Pa3IMYATHCS [0 BEJIMYHMHE U (hopMe, HO Ha 3TOI CTaIMHU XOPOIIO BUIHO, YTO IUIAH CTPOCHHS y HHX
oauH U ToT xe. Jlerann OyxyT NOOaBIATHCS MO3XKE IO MEpe pocTa 3apoibliia. A MOKa LEHTpalbHas HepBHAs CHCTEMa IPEJCTaBICHA HEPBHOM TPYOKOH
YTOJILCHHBIM KOHIIOM, U3 KOTOPOTO BIIOCICACTBHY PA30BBETCS TOJOBHON MO3T; KHIICYHUK M €r0 MPOU3BOJHBIC 3aJI0KEHBI B BUJE YHTOJCPMAIBHON TPyOKH,
CEIMEHTaM TYJIOBHIIA COOTBETCTBYIOT COMHTHL HEKOTOpBIe THIIBI COGAMHUTENBHON TKAaHH CEpAeYHO-COCYIHCTOH CHCTEMBI HPEICTAaBICHBI Ooee
nepudepruyecKoil HecerMeHTHPOBAHHOI Me30JepMOif, a MUAepPMATBHBIA CIOH KOXH - 9KTOAepMOil. B Xone mocienyiomero pa3BuTHs JIMHEHHbBIE pa3Mepbl
BCEX ATHUX KOMIIOHEHTOB MOTYT yBenuuuBathcs B 10, 100 u Oonee pa3, a cyMMapHbIii 00bEM U YHCIIO KJIETOK - B MUJUTHOHBI pa3, HO OOIIMIA IJTaH CTPOCHUS
Tela 0CTaeTCsl PEIKHUM.

3akioueHue

Aiiya 601buuHcmea 81008 HCUBOMHBIX NPeOCmasiaion coboll 00801bHO KPYNHbIE KIeMKU, COOepiHcauyue 3anacsl NUMameibHbiX 6euwjecms u Opyux
KIeMOUHbIX KOMNOHEHMO8, CUHMeE3 KOMOPbIX De2yiupyemcs: MAMepuHCKUM 2eHOMOM. Y am@pubuii nepevim u 6ecbMd 6aXdCHbIM OBUMNCEHUEM HOCTe
ONN000MBOPEHUs. ABIACMCA NOBOPOM KOPMEKCA AUYa N0 OMHOWEHUIO K €20 6HYMPEHHEMY COOEPAHCUMOMY. Acummempus, co30a6aemas JMum noeoponom,
PABHO KAK U UCXOOHASL ACUMMEMPUS 6 PACHpedeleHUuU CO0epHCUMO20 6 Allye neped ONI000MEOpeHueM, onpeoeisem 0yOywue nepeone-3a0HIN0 U
dopcoseHmpanvHyro ocu meind. B xode nocnedyowux Oenenuti OpobreHus AUYo OeNumcs Ha MHOMICECMBO 0Oojlee MeIKUX KIemoK, OOHAKO oOwuti oovem
3apodviuia e yseauyusaemcs. Knemku napyschvix cioeg smbpuona gopmupyiom medxncoy coboil niommnvie KOHMAKMbL, U30TUPYS GHYMPEHHEe COOePUCUMOe
ambpuona om oxkpyscaiowell cpedsl. BHymps smbpuona nponukaem sHcuokocmy, 6 pe3yivmane 4e2o 8 Hem Qopmupyemcs norocms (bnacmoyens). Cmenka
Makozo 3apoobliia HA3bI8AEMCs D1ACTO0EPMOlL, a CaM 3apooblll HOCUM HA36aAHUEe OIACTIYIbL.

B npoyecce eacmpynsyuu 6aacmodepma Ha 00HOM KOHYe 3apOObIIUG HAYUHAEN 8MAUBAMNbCS 6HYIMPL 6CIEOCMBUE USMEHEHUS POPMbL ee K1emOK.
Tonazatom, umo osudicyweti cuiol NOCIEOHUX IMANOB 2ACMPYIAYUU ABTAEMCA
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KOHBEP2EHMHOE PACUUPEHUe BNAYUBAEMO20 SNUMENUS 3d CYem USMEHEHUsl YNAKOBKU €20 KIeMOK, 4mo MpPAHCHopmupyem 3MOPUOH 6 MPexCIOUHyo
CMpPYKmMypy ¢ 6uympennei mpyokou (3Hmoo0epmoil), HapyJICHbIM ROKPOBOM (IKIMOOEPMOUL) U RPOMEINICYMOUHBIM CIIOEM KIeMOK, KOMOPbIl OMOEAUNCS OMm INMOU
9KmMooepmbl (Me300epmoil). M3 3Hmooepmbl 8 OanbHeuuem cOOpMUPYemcs GbICIMUIKA KUWKU U ee NPOU3BOOHbIX, U3 IKMOOepMbl - 2IABHbIM 00pA30M
INUOEPMUC U HEPBHAs CUCMEMA, A U3 Me300epMbl - OONbWIAS YACMb MbIUY U COCOUHUMETbHOU MKAHU, CEePOeYHO-COCYOUCMAS CUCIEMA U MOYeNnol0801l
mpakm. B pesynbmame eacmpynayuu cOnudcaiomcs u 63aumooeiicmeyiom mexcoy coboii epynnel KIemox, Haxoousuiuecs pauee e0anu opye om Opyad.
Hanpumep, dopcanvnas me3odepma 6vizvieaem ymoiujeHue 5Kmooepmol, meneps jexcawjeil Had Helo; OAHHbLI YYACHOK C60pavueaemcs u omoeisemcs,
Gopmupysa Hepeuyio mpyoOKy u HepeHblll epebeHb. Dmom npoyecc, uMeHyemblil Helupyrayueli, maxKxice 3a6UCUm OMmM USMEHEeHUs OPpMbl IKMOOEPMATbHbIX
K1emok. B cpeoueil uwacmu Oopcanbholi Me300epMbl PACRONONCEH MANC CHeYUATUSUPOBAHHBIX KIEMOK, UMEHyeMblil XOpOOl; 2mom msxc obpasyem
YEHMPANbHYI0 0Cb IMOPUOHA. YONUHEHHbIe MACChL Me300epMbl, edcayue no Gokam om Xopovl, pacMenmupylomes u 0aiom Ha4auio COMUMaM, u3 KOmopbix
BO3HUKAKOM NO360HKU U CKELeMHAs MYCKYIamypd.

16.2. KieTouHasi mnaMATh U BOSHUKHOBEHHE Pa3HO00pa3usi KJieTok [14]

3 OILUIOAOTBOPEHHOTO SIAIIa MOJKET Pa3sBUTBCA CaM€ll WJIN CaMKa, MOpCKOﬁ €K, JrynKa Wi Y€I0BEK. PCSyHLTaT Ppa3sBUTHUA ONPEACIIACTCA
TEHOMOM: JIMHEWHAs IOCJICI0BATEeIbHOCTD A—, G—, C-u T—HyKJ’IeOTI/II[OB B I[HK opranusma JAOJDKHA HaIIpaBJIATh CO3JaHME MHOXECTBA pasiMyarolIuXcCs
XUMHUYCCKHU KJIICTOYHBIX THUIIOB, KOTOPBIC OPTaHM30BAHBI B IPOCTPAHCTBE ONPCACICHHBIM O6p3_30M. 33,,[[3.‘{3, Ouosoruu Ppa3BUTHUA COCTOUT B 00BSICHEHUH ITOTO
Tponecca. Hpe)KL[e BCETO HBOGXOZ[I/IMO OTBETUTL Ha BOIIPOC, KAKUM 06p330M B 3M6pn0reHe3e BO3HHUKAIOT pasjaInuyuss MEXAY HUCXOAHO OIMHAKOBBIMHU
KJIICTKaMH. Z[J'IS[ WJUIIOCTpAallMi OCHOBHBIX 3aKOHOB Pa3BUTUSA 06paTI/IMC$[ CHayaJia K 3MHOBO/IHBIM, a 3aTE€M K MJICKOITUTAIOIIUM.

16.2.1. B xo1e pa3BUTHSI TeHOM COXPaHsIET MOCTOSTHCTBO, HO MEHSIETCSI IKCIpeccusi renos [15]

KiteTku pa3inuyHbIX THIIOB OTIMYAOTCS JPYT OT APYra IIIaBHBIM 00pa3oM IIOTOMY, 4TO HOMHMO MHOTOYHCIICHHBIX OCJIKOB, HCOOXOIUMBIX BCEM UM
0e3 HCKIIIOYEHHUS JUTsl HMOAACPIKAHUS JKH3HEIEATEIBHOCTH, KIETKH KaXIOro THIIA CHHTE3UPYIOT CBOIl COOCTBEHHBIH HAOOp CHELHMAIM3HPOBAHHBIX OCJIKOB.
Hanpumep, B KIIeTKax 3MUAEpPMICa CHHTE3HPYETCS KEPaTHH, B 3PUTPOLIUTAX - FEMOITIOONH, B KJICTKAaX KHIICYHUKA - MUIICBAPUTENIbHbIC PEPMEHTBI, B KIETKaX
XpyCTalMKa - KPHCTAUIMHBL U T.J. IIOCKONIBKY [UIS KJIETOK KaXIOTO THIA XapaKTEPHBI ClelM(puYecKne HaOOPhl FEHHBIX MPOLYKTOB, MOKET BO3SHHKHYTbH
BOIIPOC: HE OOBACHIETCS JIM 3TO MPOCTO TEM, YTO KICTKU OONANaloT pa3iauyHbIME HaGopamu reHoB? KieTknm XpycTayvka, HalpuMep, yTPaTHIM I'eHbI
KepaTHHA, TeMOIJIOOMHA M T.A., HO COXPAHWIM T'eHbl KPHCTaUINTOB, WM K€ B HUX 3a CUCT aMIUIM(UKALUKM M30HPATEIbHO YBEIMYMIIOCH YHMCIO KOMMH
KPUCTAUIMHOBBIX I'eHOB. OIHAKO LENBIi Psi JAAHHBIX MOKA3BIBACT, YTO ITO HE TAK: KJICTKM MOYTH BCEX THUIIOB COACPXKAT OJMHAKOBBIN IIOJHBIH T'€HOM,
HMEBIIHIICS IePBOHAYAIBHO B OIUIOJOTBOPEHHOM stiirie. [IpnumHa pa3nuyus B CBOWCTBAX KIIETOK 3aKIIOYEHA He B 00JNaJaHUM Pa3sHBEIMH Ha0OpaMH I'€HOB, a B
ux ougpepenyuanvrnoii sxcnpeccuu. IHBIMA CII0BaMH, aKTHBHOCTb T€HOB PETYJIHPYETCs: OHH MOTYT BKIIFOYAThCS U BBIKITIOUAThCs (CM. T71. 10).

Hauboee yOeauTenpHbIe JaHHBIC O TOM, YTO, HCCMOTPSI HA BUAUMbIC
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Puc. 16-18. Cxema omnbita, AEMOHCTPUPYIOIIETO, YTO AP0 AUPPEpPEHIMPOBAHHOMN KICTKH KOXKH JIATYIIKH COACPKHUT BECh HEOOXOAUMBIN IeHETHYCCKHI
Marepuai, 00ecredrBaoIIiii pa3BUTHE HOpMaIbHOro roosactuka. (J. B. Gurdon, Gene Expression During Cell Differentiation. Oxford, U.K, Oxford
University Press, 1973; ¢ u3MeHeHUsIMH. )

W3MCHEHHUS B KJIETKAX MpH AU(GEepeHIHPOBKE, COOCTBEHHO FTEHOM OCTAaeTCs B HUX HEHM3MEHHbIM, OBUIN MOJIyYCHBI B OIBITAX C IEPECAKON saep B AHLCKICTKH
amduobuit (puc. 16-18). Kak mpaBuiio, pasmepsl SHLIEKICTOK aM(pUOUl MO3BOJIIOT C MOMOUIBIO CTEKJISHHOW MUKPONUIIETKH WHBELUPOBAaTh B HUX SMpAa,
IOJIy9eHHBIEe U3 JPYTUX KIETOK. SIIpo camoro siilia npeaBapuTeIbHO pa3pymaoT, oorydas yapTpaduoneToM. YKOI MEKPOIIUIIETKOM MO0y kK IaeT SIHIeKIeTKy
K Hadany pa3BuTHs (cM. pasa. 15.4.3). Takum 06pa3oM MOXKHO ONPEACIHTh, COACPIKHUT JIH AP0 AU(HEpEHIHPOBAHHON COMATHIECKON KICTKH ITOJIHBII TCHOM,
9KBUBAJICHTHBII TCHOMY HOPMAJIBbHBIX OIUIOZOTBOPEHHBIX SHLCKICTOK U CIIOCOOHBINH obecriednts pasButre. OTBET OKa3alcs yTBEPAUTEIBHBIM: PH 3aMCHE
sIpa STHIEKIeTKA SPOM KePaTHHOLNUTA U3 KOXKHU B3POCIION JIATYIIKH WIIH SIPOM SPUTPOIHTA OBLIN MOTy4YeHbl HOpMalbHEIE IUIAaBAloNHe ronosacTuky. Takue
9KCIICPUMEHTBl MMEIOT P/l OTPAHUYCHHMIl: OHH YCHCIIHBI IIPH WCIOJIB30BAHHU SJCP JIMIIb HEKOTOPBIX IN((HEPEHUNPOBAHHBIX KICTOK H SHIECKICTOK
OIPE/ICICHHBIX BUAOB. TeM HE MEHee pe3yNIbTaThl U APYTUX UCCICAOBAHMIT II03BOIISIIOT IPUHATH K 3aK/TIOYCHUIO O TOM, YTO B IIPOLIECCE Pa3BUTHS IOCTOSHCTBO
TEHOMA COXPAHACTCSL.

W3 sTOro npapuia U3BECTHO HECKOJIBKO MCKIIIOUEHHH. HanpumMep, y HEKOTOPBIX OECIO3BOHOYHBIX B comamuyeckux (HE IOJIOBBIX) KJIETKaX 4acThb
XPOMOCOM, TMPEACTaBICHHBIX B KICTKAX 3apodviutesoli auxuu (IPEIUICCTBCHHUKAX IaMET), yTPAuMBACTCs y)KE€ Ha PAHHHUX CTaiWsX pasBHTHA. B oormrax
HEKOTOPBIX IPYTUX JKHBOTHBIX (B TOM YHUCIE H Y Xenopus laevis) NIPONCXOINUT M30HpaTeNIbHAs peIUIUKaIys reHoB pudocomuoii PHK, a y nuunHOK He-
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KOTOPHIX HACEKOMBIX MMEECT MECTO HEPaBHAs MOJUTCHM3ALMS XPOMOCOM, B PE3y/bTaTe 4YEro MPOHUCXOIUT YCWICHHAs aMIUTM(HKAIUsS KaKHX-TO OIHHX
OIIpeIeTICHHBIX TeHOB (CM. pa3d. 9.2.6). CHHTe3 aHTHUTEN U aHTUIEeH - CeHU(UYSCKUX PELENTOPOB JUM(OLUTAMH Y ITO3BOHOYHBIX BKIIIOYACT CIUIAHCHUHI
¢dparmentoB JIHK, pacronoxeHHBIX B FEHOME JTUX CICLHMATM3UPOBAHHBIX KIETOK B Pa3HbIX MecTax. CIUTafiCHHT MPOUCXOIUT Mo Mepe Au(GdepeHIHPOBKH
JTAaHHBIX KJIETOK (CM. ri1. 18).

16.2.2 Pazninuus Mexkay 6J1acTOMepPaMH YacTo ABJISIIOTCS CJIeCTBHEM aCMMMETPHH, pUCYeil siinekieTke (3a
HCKJII0YEeHneM MiIeKonuTamux) [16]

Ipu TpancmanTanuy sapa HeaupepeHINPOBAHHON KICTKH B SHYKICHPOBAHHYIO SHICKICTKY Xenopus MEHACTCS XapaKTep KCIPECCUH I'eHOB
TaKoe SIPO HaYMHAeT IIOXOAUTh Ha HOPMalbHOE SApO sinexieTku. CrefoBaTeNbHO, MOBEACHHE SIpPa MOXKET KOHTPONHPOBATHCS LUTOILIA3MATHICCKHM
OKpY’>KEHHEM, B KOTOPOM OHO Haxomutcs. Slirneknerka Xenopus U MHOTHX JPYTUX BHIOB XUMHYCCKH ACHMMETPUYHA, T. €. KOHIICHTPAIUs HEKOTOPBIX
KOMITIOHCHTOB sifl]a pa3ii4Ha B Pa3HbIX y4acTKax LMTOILIa3Mbl. BeleAcTBHE 3TOr0 ¢ caMoOro Hayajaa pa3BUTUs 00pa3yloIMecs: SMOPHOHAIBHbIC KICTKH 110
HEKOTOPBIM CBOMCTBAM OTIMYAIOTCS APYT OT APYTa, MOCKOJIbKY UX IUTOILIa3Ma HacleqyeT HepaBHOE KOJIMYECTBO TAKUX 3apaHee CHHTE3HPOBAHHBIX BEIICCTB.
YV pasHBIX BUJIOB 3HAUCHHE JIOKATUIOBAHHLIX @ Aliye OemepmMunanmos Bapbupyer. Hampumep, siIeKIeTKH MIEKONHUTAIOMMX CUMMETPUYHBI H II09TOMY BCe
paHHKE O1acTOMEpPBI COBEPIIECHHO OJIMHAKOBBIE. BMecTe ¢ TeM XOpomIo 3BeCTeH (PEHOMEH «MO3AUUHBIX» AUY Y MOJUTIOCKOB, aCIMIHI, MOPCKUX HEMATOX (CM.
paszn. 13.5.17) 1 »HUBOTHBIX HEKOTOPBIX APYrUX rpymni. Takue siina comepikar onpeeiaeHHbI Ha0op JOKaIM30BaHHbBIX AETEPMUHAHTOB. [1II0CKOCTH MEepBBIX
neleHnil JpoOIeHNs] OPHEHTHPOBAHbl B 3aBHCHMOCTH OT PAcIOJIOXKEHHUS ONPE/CNICHHBIX BEIeCTB B SIHIe U IIOITOMY KaXKIbIi U3 OIacTOMEpOB HaclemyeT
npezickasyemblii Habop Mouekyin (puc. 16-19). Ilocne paspeneHust paHHUX GJIaCTOMEpPOB, KOTOPBIE PAa3BUBAIOTCSA B 3TOM CIydae BHE CBSA3H MEXKIy COOOH,
Oonbmrasl 4acTh TAKUX HM30IMPOBAHHBIX OIaCTOMEPOB SBHTCS HMCTOYHHKOM HMMEHHO TeX THUIIOB KJIETOK, YTO M AODKHBI OBUIM 00pa3oBaThCsA M3 JTHX
6I1acTOMEPOB B HOPMAJILHOM SMOpHOHE. DTa KOHTPOIUPYIONIas QyHKIUS COASPIKIMOTO SHIIEKIETKU MOXKET OBITh IIPOJIEMOHCTPHPOBAHA IIPU HCKYCCTBEHHOM
N3MEHCHUH PACIPECNICHHs BELIECTB SILEKICTKH 0 OTHOLICHUIO K IUIOCKOCTSM JeJeHHil npoOieHus. Takue OmbITBI MOXKHO HOCTaBUTh Ha SLIEKIETKAX
acumaunit Styela (puc. 16-19), rne pasnuuHble yYacTKH IMTOIUIA3MBlI JIETKO PAa3IM4YMMbI, MOCKOJBbKY COAEPXKAT pas3Hble NMUTMEHTHL. [Ipu HapymieHuu
pacrpeeneHus

OnnopovBoperHoe
AgIpap CrapuvA 8 kKnetoxk PannRA ractpyna
AAUD
HepaHan
" CUCTEME
__— Xopaa
— Dxrogepma

JHTONEPME
(Kuwka)

Hembiweynan Mbiwusl
Me3oaepmMa

Puc. 16-19. Tpu nocnenoBaTenbHbIE CTAIUMK PAaHHETO pa3BUTHUS acuuauii Styela. CripaBa u300paykeHUE paHHEH TacTPYIIbI (6U0 CHU3Y), TAE MOKHO BHICTh
00pa3yrolyIocs I0JI0CTb KHIIKHU. Pa3nnunbie 001acT! MUTOILIA3MBI siiflla MIUTMEHTUPOBAHBI 110-pa3HOMY. [TUrMEeHTAIHs HOCUT OCTOSIHHBIN XapakTep U
CBSI3aHA C ONPEJICJICHHBIM THIIOM JiesieHuit apodaenus. Cyapda kaxaoro OnactMepa MOXKET ObITh NPECTaBICHA HA OCHOBE TOI0, KAKYI0 YacTh LIUTOIIA3Mbl
stiia yHacienoBaiu 061actomepsl (cM. Takxke puc. 16-29). (P. P. Grasse, Traite de Zoologie. Paris, Masson, 1966.)
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9THX BEUIECTB B SMOPHOHE MOYKHO, HCXO/ISI U3 THIIa HACIECIOBAHHOMN KaXKIBIM M3 OJIaCTOMEPOB MUTOILIA3MBI, JIETKO MPECKAa3aTh XapaKkTep Pa3sBUTHS JAHHOTO
6racromepa.

HccrnenoBanne MO3aMYHBIX SUIl CTABUT MHTEPECHBIN [UIs KICTOYHOI OHONOTHH BOIPOC: KAKAM 0OPa3oM CTOJIb TOYHO KOPPEIHPOBAHBI XapaKTep
IpoOJIeHUST M pacIpeieicHHe XUMHUYECKHX BemecTB? B0O3MOXHO, YTO M TO, W APYroe ONpPEAeNseTCss CTPOCHHEM LHUTOCKenera. Hexkoropbie (GakTs
CBHCTEJILCTBYIOT B I10JIb3y TOTO, YTO JIOKAIM30BAHHBIC XUMHYECKHE NCTCPMHHAHTHI COCAMHEHBI C LIUTOCKEIETOM M MMEHHO LIUTOCKEIET KOHTPOIMPYET
MIPOXOXK/ICHUE TIIOCKOCTEH feneHuid apodnenus (cm. pasa. 13.5.13).

16.2.3. XuMunyeckue B3auMoeiicTBUsI MexKAy Oj1acToMepaMu NPUBOASIT K BOSBHUKHOBEHUIO HOBBIX THIIOB KJIETOK,
pacrnosiokeHue KOTOPBIX 0oJ1ee 1eTATH3UPOBAHO: HHAYKLUSA Me30aepMbl y Xenopus [17]

Siinexnerka Xenopus mHpeicTaBiIsieT co00il HeKoe ycpeIHEHHE KpaiHOCTeH, IpHMepaMH KOTOPBIX SBILIIOTCS MO3aWYHBIC sifla M sifla
MIICKONTUTAIOMHUX. ACUMMETPHYHOE PACIIOJI0KEHHE KOMIIOHEHTOB B IIUTOIIA3Me SIHIIEKIETKH Xenopus 00yCIOBIUBAET Pa3Inyus 01acTOMEPOB aHUMAIBHOIO
U BETeTaTHBHOTO IIOTIOCOB, YTO MOXKHO DAcCMaTpUBaTh B KAueCTBE XapaKTEPHCTUKH HAYaIbHBIX JTAIlOB IPOCTPAHCTBEHHOU OpraHH3alluH 3MOpPHOHA.
Co3ganue Bcero Habopa THIIOB KIIETOK OIPEAEIsIeTCsl B3aMMOJCHCTBHAMU Mexay Onactomepamu. Eciu panHme SMOpHOHBI Xenopus IIOMECTUTH B Cpeny,
yumennyio nonos Ca’” mwmn Mg? * | To GnacToMepsI TepSIOT JIUIKOCTh M JIETKO OTIENAIOTCS APYT OT ApYyTra, MpHYeM KaXIblil OTAeNMBIIHiicS GracToMep
CIIOCOOCH Pa3BHBATBCS HE3aBHCHMO; B 9TOH CHTYallUH Y HEKOTOPHIX OJaCTOMEPOB BO3HHKHYT NPU3HAKH, XapaKTEPHBIC IS SKTOJCPMBI, HHbIC IPHOOPETYT
IPU3HAKH DHTOJEPMBI, HO OJKCIPECCHH TI'CHOB aKTWHA (CHEeNU(HYIECKOTO IS MBIIIN), SBISIONIUXCS MapKepoM Me3oJepMalbHOH Iu(epeHIpoBKY,
HaOroAaThest He Oynet. OOpaTHBIA HKCIIEPUMEHT IIOATBEPIKAACT, YTO IPHOOPETeHHe KIETKaMH Me30JepMaIbHOM IPHPOIBI onpenelsieTcs (1o KpaiHeil Mepe
YAaCTUYHO) MEKKICTOUYHBIMH B3aHMOACHCTBHAMHE: MDY IIOMELICHUH KJICTOK aHUMAJIBHOTO IOJI0Ca 61acTylIbl BONIU3H KIETOK BETETATHBHOTO MONIOCA HEPBBIC
MIEPEXOJAT C IKTOJEPMATBEHOr0 Ha Me30JepMaIbHEIN Iy Th pa3BuThs (puc. 16-20). [Tepexmouenue myTell pa3BUTHs KJIETOK IO BIMSHAEM COCEIHEH TPYIIIbI

TxaHs aHUMANBHOTO NORKICE B YCNOBWAX IKCNEpUMEHTE

B KYNeTYPe B CONETaHHH
B HOpMAansHOM BMEDMGHE B KynNbType C KNeTKaMW BereTaTHeExoro nonwa
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K ToARPMENbHBIE Tonoko B ocHOBHOM
KMNETKH U HEMHOIO IKTOAEpMaE MeEIoQepaMa
MEI00EDMAENEHBIX

KNeTaK

Byaywwe THaHy 8HUManeHOr0 NoNKCca

Puc. 16-20. Munykuus me3onepmsl y Xenopus. KieTku aHUMaJIbHOTO MOJIOCA OJIACTYJIBI, KOTOPbIE B HOPME (JOPMHUPYIOT TOJIBKO SKTOACPMY, IIPH IIOMEIIECHUN
HX B KYJIbTypy BMeCTe ¢ KJI€TKaMH BEreTaTUBHOTO IOJII0Ca, IPUHUMAIOT y4acTue B QOpMHPOBAaHUH Me30AepMEL. [Ipi HopManbHOM pa3BHTHU TaKHe
HMHIYKIHMOHHbIE B3aUMOJCHCTBHS IPOUCXOIIT Ha Oojlee paHHEH CTaJuH; K TOMY BPEMEHHU YKBATOPHANIBHBII y4acTOK OJIACTYJIBI yiKe IpuodpeTaeTt
CIOCOOHOCTH (POPMHUPOBATH ME30IEPMY B YCIOBHSX H30JLILIUH B KYJIBTYPE.
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Puc. 16-21. B pe3ybTaTe CEPUN MHAYKIIMOHHBIX BSaHMOHCﬁCTBHﬁ 13 HECKOJIbKUX UCXOAHBIX MOXKET BO3HUKATh MHOXKECTBO PA3JINYHBIX TUIIOB KJIIETOK.

KJICTOK Ha3bIBaeTCSI HHAYKIHEIi; B IIpoljecce HOPMAILHOTO Pa3BUTHS HHIYKIIMOHHBIE B3aUMOCIHCTBUS MOTYT IPOUCXOJHUTH KaK MEXIy KICTKaMH, HCXOJHO
NPHISKALIMMH IPYT K IpYyry (MHAYKLHS ME30JEPMbI), TAK U MEXIY KJIETKaMH, CONMKAIOIMMHUCS B PE3yJIbTaTe MOP(POreHETHIECKHUX IBHKCHUH, HAIpUMEp
IpH TacTpy/sinuu. B3anMozeiicTBue HECKOIBKHX THIIOB KIETOK, pealn3yeMoe B pe3ylIbTaTe CEepHU HOCIEAOBATENbHBIX HHIYKLHUH, IIO3BOISIET CO3JAaTh
MHOKECTBO pa3HOOOPa3HBIX THIIOB KJIETOK (puc. 16-21).

IIpu nHAYKIMK Me30AepMbl y Xenopus HENOCPEICTBEHHBIH KOHTAaKT MEXTY KJIETKaMH HeoOs3aTesIeH, OHH MOTYT PacloliaraThCsi Ha HEKOTOPOM
pacctostHuM Apyr oT Apyra. OTcroa cienyer, YTo UHAYLUPYIOLUIMM areHToM sBisercs nuddynaupyroniee BemectBo. OKa3anoch, 4TO BMECTO 0JIaCTOMEPOB
BEre€TATHBHOIO TOJIyHIapusi MOXXHO HCIIONB30BaTh (axmop pocma ¢uopoonacmos (OPD) (cm. tabm. 13-1), KOTOpPBI MHAYLUPYET KIETKH U3 00JIacTH
AQHUMAJIBHOTO TIOJIFOCA K PA3BHTHIO 110 ME30AEPMAIBHOMY ITyTH; 00pa30BaHHE ME30AEPMbI MOXKHO TAKXKE MHIYLUPOBATH Mpanchopmupylowum paxmopom
(B2 (T®-B2), onuum u3 aByx BapuantoB TO-B (cm. Tadn. 13-1). deiictBue PO, kak npaBuiio, BEI3BIBACT PA3BUTHUE BEHTPAJIBHBIX MIPOU3BOIHBIX ME30AEPMbI
(Harpumep, Ki1eTok kposn), a TO-B2 B 0CHOBHOM HHIyIHUPYET JOpCaNbHBIE IIPOU3BOAHBIE (HarmpuMep, MeImisl). HopmansHble SMOpHOHBI Xenopus coaepxaT
MPHK, xomupyromyto ®P®. MPHK 6enka Vgl, obnagaromero yactnunoit romosnorueii k Td-P, He TOIBKO NPHUCYTCTBYET B SLEKIETKE, HO, KaK ObLIO
M0Ka3aHO, JIOKAJIM30BaHa B 00JIACTH BET€TATUBHOTO MOJIOCA SIMIEKIETKU U PaHHUX 3MOpHOHOB (puc. 16-22). DT HaOMIOACHHS CBUIETEIBCTBYIOT O TOM, YTO
OPD, TO-B2 wnu poACTBEHHBIE UM MOJEKYJBI, OIIOCPENYIOT HHIYKIUIO ME30JEePMBbL. DTOT U APyrHe NPUMEPHI, YHCIO KOTOPBIX OBICTPO yBEIMYHBACTCH,
MO3BOJISIIOT NPUMATH K BBIBOLY, YTO B PEryJsLUU IyTeHl Pa3BUTHSI BaXKHYIO POJIb UIPAIOT HECKOJBKO IECATKOB OENKOB, MMEHYEeMbIX (akTopamu pocTa,
KOTOpBIC B OPraHU3Me B3POCIIBIX JKHBOTHBIX PETYIUPYIOT KICTOUYHBIC ACIeHUs U T HEPEHIIPOBKY, a TAK)KE BOCCTaHOBJICHHE TKaHel (cM. rit. 17). [logo6Ho
HelipoMenuaTopaM B HEPBHOW CHCTEMe, Takue (aKTOpbI, MO-BHANMOMY, HCIIONB3YIOTCS B Pa3HBIX OOCTOSATENBCTBAX IS Iepeadd Pa3IHYHBIX CHTHAJIOB
MEX]y KICTKaMH.

MosaHuE counT ToONsKO 4TO OTNOMEHHOE PavwAan BnacTyna
HEONMNOAOTEOPEHHOE AMWD

Pasimn o9

Puc. 16-22. OxpareHHbIe TOYKH yKa3bBalOT Ha pacnonoxenne MPHK, koaupyroeii 6eok Vgl, B BereTaTHBHOM MOy LIapUH SIHIEKICTKH Xenopus Ha
Pa3IMYHBIX CTaIUSIX Pa3BUTHA. DTO OBLIO MPOJEMOHCTPUPOBAHO METOJOM rHOpuau3auy in situ. benok Vgl wactuuno romonoruueH ¢axropy pocra TO-f u
MOJXXET OBITh COCTABHBIM 3JIEMEHTOM CHI'HAJIA, HHAYLMPYIOLIEr0 ME30AepMy, KOTOPbIH CO3aeTCs KJIETKAMH BEIreTaTHBHOIO MOJIOCA HA PAaHHEH CTaiuu
pa3Butus SMOpHOHA. MexaHH3M, KOHTPOJIUPYIOHil n3mMenenue nokanusaimun Vgl-MPHK, He u3yuen.
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16.2.4. DMOpPHOHBI MJIEKONIMTAKIIMX PA3BUBAIOTCS B MaTKe, o0ecneyuBalomeii ux samury [18]

Pa3BuTHE MIICKONUTAIOMNX HUMeEeT psif ocoOeHHOCTel. BaxHelmas U3 HUX COCTOHT B TOM, YTO OHO IIPOHMCXOMWUT B MaTKe, KOTOpas 3aIlfIIacT
SMOPHOH M OCBOOOXIAET €ro OT HEOOXOAMMOCTH pa3BHBAaThCs ObICTpo. Kpome Toro, mockoibKy IuianeHTa OOECHEYHMBACT SMOPUOH IUTAaTEIbHBIMHU
BCIIECTBAMHM 33 CUET MATEPHHCKOTO OPraHM3Ma, SHICKICTKE MIICKOIUTAIOUIMX HE Hy)XKHbI OOJIBIINE 3alachl 3THX BEIIECTB B BHIE XKEITKA. B cBs3M ¢ aTuM
JaMeTp siilia MBI cocTaBisieT 80 MKM, U 110 00beMy oHO mpuMepHO B 2000 pa3 MeHbIIIE TUITHYHOTO sIiflla 3 MHOBOAHEIX. JleTeHus JpoOIeHns IPOUCXOIAT
He ObIcTpee JieJIeHNH OOBIYHBIX COMATHYECKHX KJICTOK M TPAHCKPHIILHSA HAYMHACTCS YK€ HA CTaAHU 2-KJIETOYHOro 3apoapiua. ITo3aHue cTaguu pa3sBuUTHA
MJICKOIIUTAIOIINX B OCHOBHBIX 4€PTaX CXOXKH C TaKMMHU XK€ CTaJAHAMH Pa3BUTHUs APYTHMX MO3BOHOYHBIX, Hampumep Xenopus. OfHAKO B XOfE€ Pa3sBUTHs
MIICKOIIUTAIOMIX HaOJIofaeTcsl OONIBIION «KPIOK», MMEIONIMI LENbI0 CO3JaHHEe CIOXKHBIX CTPYKTYp, HPeXJe BCEro aMHHOHA U IUIAICHTHI, KOTOpBIC
3aMBIKAIOTCS BOKPYT COOCTBEHHO 3apojiblIla, 3alMINAIOT €ro M 00ECcHednBalOT 0OMEH MeTaboINTaMH C MAaTEPUHCKUM OPraHU3MOM. DTH CTPYKTYpBI, KaK H
OCTaJIbHBIC OpraHbl, 00pa3yIOTCs U3 OIUIOJOTBOPECHHOIO siiil[a, HO MX HA3bIBAIOT 6HE3APOObIUIEEbIMU, TAK KAK IPU POXACHUU OHU OTOPACHIBAIOTCA U HE
Y4YacTBYIOT B IOCTPOECHHH B3POCIIOrO OpraHU3Ma.

DTanbl paHHEro pa3BUTHS MbINIM H300pakeHbl Ha puc. 16-23. Buauwane siflio MOKpBITO Npo3payHoll 000N0UKOH - zona pellucida.
OMmI0J0TBOPEHHOE SO APOOUTCST BHYTPH ITOM OOOJNIOYKM W U3 HEro oOpasyercs MOPpYJia, MPEACTaBisIoNnias co0oi rpymmy KIeTOK, mo dopme
HAIlOMUHAIONIYIO AroXy ManuHsel (puc. 16-23). Ilpu nepexone oT 8-KIeTOYHOH K 16-KI€TOYHOH CTaJUU IOBEPXHOCTH MOPYJIBI CTAHOBHTCS OoJiee ITIafKoMu, a
(dopma Gosiee OKpYIJIOH, TaK Kak B pe3yJbTaTe M3MEHEHHs B3aUMHOW aire3MBHOCTH KJIETOK OHM YKIIaIbIBAIOTCs Oosee KOMIAKTHO (puc. 16-24). Mexny
KJICTKAMH HapY’>KHOTO CJIOsi 00pa3yloTCst IUIOTHbIC KOHTAKTBI, ¥ TAKUM OOpa3oM BHYTPECHHHE YYaCTKH MODYJBI H30JHPYIOTCS OT BHEIIHEH Cpeibl. 3aTeM
BHYTPEHHHE MEKKJICTOUHbIE MPOCTPAHCTBA PACIIMPSIOTCS W BO3HUKACT ONACTOLENb - IIOJOCTh, 3alOJIHEHHAs JKUAKOCThIO. Mopyia mpeBpamiaercst B
6aacronucty. Kitetkn, okpyskatomue 6actorneib, 00pa3yroT Ha 3T cranun cdeprueckuit

Mopyna
Onnonomopeunoe 2 knetkwu B kneTtok 16 kKnetox Bnacroumcra 8
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|-1— 50 mk M—b]
Puc. 16-23. Pannue cragun paszsurtus Muiy. (Qororpaduu ¢ mobdesnoro paspentenns Patricia Calarco, u3 G. Martin, Science, 209, 768-776, 1980.Copyright
1980, American Association for the Advancement of Science.)
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Puc. 16-24. Mpiunblii SMOPHOH Ha PaHHHUX CTaUsAX Pa3BUTUSA. MUKpodoTOrpaduu moaydeHsl ¢ MIOMOIIBI0 CKAHUPYIOIIETO HJIEKTPOHHOTO MUKPOCKOIIA.
Zona pellucida ynanena. A. Craaus nByx kieTok. b. Ctaaus 4eThipex KIETOK (Hapsy ¢ YeThIpbMs O1acTOMEpaMy BHIHO MOJISPHOE TEIbIe, CM. pasi. 15.3.3).
B. Cragust Mmopyisl - 8 — 16 KIIETOK; MPOUCXOJUT KOMITAKTU3awus 3apobinia. /. bracronucra. (C mo6e3noro paspewenus Patrica Calarco; I' - u3 P. Calarco,

C. J. Epstein. Dev. Biol., 32, 208-213, 1973.)

My3bIPeK, Ha OJHOM W3 IIOJIOCOB KOTOPOro HMMeercsi Ooliee MAacCHBHOE CKOIUICHHE KieToK. HapyxHbIil cioif KIETOK Ha3bBaioT TpodIKTOmepMoii, a
CKOIUICHHE KJIETOK BHYTPH TPO(MAIKTOIEPMBI HA OJJTHOM U3 MOJFOCOB OJIACTOLMCTHI - BHYTPEHHEW KJIeTOYHOM Maccoii (puc. 16-23).

CobCTBEHHO 3apOoAbIl (POPMHUPYETCS TOJIBKO M3 BHYTPCHHEW KieTOYHON Macchl. TpogaKromepMa CIIyXHT MPEJUICCTBEHHHKOM IUIALICHTHI U
obpasyeTcsi paHee IPYrHX BHE3apOABIMEBBIX CTPYKTyp. Ilocie mcuesnoBenus zona pellucida kmeTku TPOIKTOAEPMBI BCTYMAIOT B KOHTAKT CO CTEHKOI
MAaTKH, B KOTOPYIO MMIUIAHTHPYETCsS 3MOpHOH. TeM BpeMeHeM BHYTPCHHsS KJICTOYHAs Macca pacTeT M HaduHaeT AU((EpeHIHPOBAThHCS: 4acTh €€ TAKKe
obpazyem 6He3apoObiiesble CIMPYKMYpbl, HATIPUMED JiCeNmOuHbli MEIIOK, a W3 Apyroi dactu Qopmupyercs COOCTBEHHO 3apoAblm. 31ech, MOJOOHO
COOTBETCTBYIOLIUM 3TallaM Pa3BUTHS APYTUX BUJIOB MO3BOHOYHBIX, TAKXKE IIPOUCXOMAT IPOLECCHI FaCTPYIALNH, HEHPYIALMH U T.A., XOTS B PAJE CIy4acB 3Ta
TOMOJIOTHSL BHEIIHE JAJICKO HE CTOJb OYEBHAHA N3-32 OCOOCHHOCTEH reOMETPUH 3aPO/BILICH MICKOINTAFOLIHX.
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Puc. 16-25. MeTo/1 nosry4eHusl XMMEPHBIX MbIIIEH
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TeHOTHIIAMH.
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16.2.5. Iud¢epeHUHPOBKA KIETOK PAHHEr0 YMOpPHOHA
MJIEKONUTAIOIIMX 3aBUCHUT OT MEKKJIETOYHbIX B3aumoaeiicTuii [19, 20]

PanHuMi 3apojblil MJIEKONUTAIOIIMX BIUIOTH J0 8-KJIETOYHOH CTaauu oOnanaet
MOPa3UTEIbHOH CIIOCOOHOCTBIO K DPETyISIUU pa3sBUTUS M KaKAas M3 €ro KIETOK MOXKET
obpa3oBaTh B JanbHeinIeM JI00yI0 U3 YacTeil 0oee MO3MHEro 3apOoAblla MM JaKe B3POCIOro
opranuszma. IIpumMepoM TOMy MOXKET CIIy>KHTb 0Opa3oBaHHME MAEHTHYHBIX OJIM3HEIOB M3 OIHOH
OIIOZOTBOPEHHOH SHMIEKICTKH. B TaHHOM ciydae BO3HUKAIOT [Ba BIIOJHE HOPMAJBHBIX
HHIUBHIYYMa, KA U3 KOTOPBIX c(OPMHpPOBAH M3 YAaCTH HOPMAIBHOro 3apojsima. Ecim,
HanpuMmep, OAHY M3 KJIETOK 2-KJIETOYHOrO 3MOpPHOHA MBIIIM PA3pyLIMTh UIVIOHW, & OCTAaBLIMICA
HETIONHBIH YMOPHOH HMIUTAHTHPOBATh B MAaTKy IS JalbHEHIIETO Pa3BUTHUS, TO B OOJIBIIIOM YHCIIC
CJIy4aeB Ha CBET MOSBHUTCS BIIOJIHE HOPMAJbHASl MBIIIb.

Bmecte ¢ TeM MOXHO OOBEIMHUTH ABAa BOCBMUKJIETOYHBIX SMOPHOHA MBIIIH B OIHY
THTaHTCKYI0 MOpYJy, KOTOpas B pe3yJbTaTe PasBUTHSA 00pa3yeT MBIIIb HOPMAIBHOTO pa3Mepa
(puc. 16-25). JKMBOTHBIX, BO3HHKAIONIIMX BCIEACTBHE pAa3BHTHUS arperaroB TI'CHETHYECKH
Pa3IMYHBIX KJIETOK, Ha3bIBAIOT XHMepaMH. XuMep MOKHO IOJNy4aTh TaKkKe B pe3ysibTare
HHBCKIMH KIETOK pPAaHHHX OMOPHOHOB B ONACTONMCTHI HHOTO TCGHOTHIA. BBeneHHbIC
qy)KEPOJHBIC KICTKH BKIIOYAIOTCS B COCTAaB BHYTPEHHEH KIETOYHOM Macchl 3MOpHOHA-
pPELMIIMEHTa U B pe3ysbTaTe 00pa3yeTcsi XUMEPHOE JKHUBOTHOE. XUMEP MOXKHO MOJYYHTh Jaxe
NOCIEe MHBEKIMU OIHOH KIETKH; 5TO IO3BOJISICT BBIACHUTH, HACKONBKO Ta HIM HHAs KICTKa
COXpaHsAeT NOTECHIMH K Pa3BUTHIO. 113 pe3ynbTaToB IOJOOHBIX SKCIICPHMEHTOB CIIEYeT BaXKHBII
BBIBOJ: KJIETKH OYEHb PAHHUX dMOPHOHOB MIJICKONHUTAIOMUX (BIUIOTH OO 8-KJIETOYHOH CTaauM)
HICHTHYHBI U 00J1aJal0T HeOT PAHUYCHHBIMY IIOTCHIUSAMY, T. €. OHH NMOMUNOMEHMHbL.

KieTku cTaHOBSTCS Pa3IUYHBIMH BCIIEICTBHE MX B3aHMOJACHCTBUS ApYyT ¢ Apyrom. Y
9MOpHOHA MBIIIM IIEPBBIC Pa3iIMYdsl MEXAY KICTKAMH BHYTPEHHEH KJIETOYHOH Macchl U
TPOGIKTOACPMBl  OOYCIIOBIMBAIOTCS  PACIIONOKEHUEM MEXKKIICTOYHBIX KOHTakToB. Ha 8-
KIETOYHOH CTaJuM Bce OIacTOMEphl 3aHMMAIOT HPHMEPHO OJHHAKOBOE IIOJIOKCHHE, HX
BHYTPEHHSISI IOBEPXHOCTh KOHTAKTHPYET C IPYTMMH OJacTOMEpaMHM, a BHELIHSS HOBEPXHOCTh
oOpamiena Hapyxky. Kaxnaplii u3 OiacTomMepoB 007agaeT MHOJNSPHOCTBIO, XapaKTepU3yeMOi
MIPUCYTCTBHEM MHKPOBOPCHHOK Ha HAPYXHOII IOBEPXHOCTH M aCHMMETPUYHBIM PACIIOI0KCHHEM
BHYTPHKJICTOYHBIX KOMIIOHCHTOB. Pe3ynbTaThl OJKCIEPUMEHTOB Ha OiacToMepax in vitro
MOKa3bIBAIOT, YTO TakKas IOJSIPHOCTH ONpPEAENSICTCS XapaKTepPOM MEKKJIETOUHBIX KOHTAKTOB:
cOOpKa MHKDOBOPCHHOK M aCCOIMHPOBAHHBIX C HHUMH KOMIIOHEHTOB OCYIIECTBISCTCS HPH
YCIIOBHM, YTO 3TOT YYaCTOK HOBEPXHOCTHM HE HMEET KOHTaKTa C JAPYIHMH OJacTOMEpaMH.
ITnockocTh ciemyIomero JAejaeHuss OPUEHTUPOBAHA TaK. YTOOBI HUCIONIB30BATH 3Ty ACHMMETPHUIO
JUISL CO3JaHMS ABYX Pa3iIMYHBIX IIOTOMKOB, OJHH M3 KOTOPBHIX (KJI€TKAa BHYTPEHHEH KJICTOYHOM
Macchbl) oOpalieH BHYTPb M JIMIICH KOMIIOHEHTOB, aCCOLMMPOBAHHBIX C MHKPOBOPCHHKAMH, a
apyroit (knerka Tpo(IKTOIEpMbl) OOpalleH HapyKy M HaciedyeT 3TH KOMIIOHEHThI. Takum
00pa3oM, pacIoIoKeHHE MEXKKICTOYHBIX KOHTAKTOB, BEPOSTHO, KOHTPOIUPYET BO3SHUKHOBEHHE
HIEPBBIX Pa3INyuil MEXy KileTkamu (puc. 16-26).

16.2.6. IloBenenne KJIETOK TEPATOKAPLHUHOMBI ICMOHCTPUPYeET
3HaYeHUE CUTHAJIOB OKpY:karouleii cpeas! [21]

B panHeM pa3BHTHH MIICKOIHTAIOMNX CyIb0a KaKIOH U3 KICTOK 3aBHCHT OT B3aUMOJCHCTBHS C
cocelIMM, M TaKOW 3apojbllll MOXXHO OTHECTH IO XapaKTepy pa3BUTUS K pe2yrayuoHHbIM
cucTeMaM. DKCIEPUMEHTHI Ha MbIIIaX, OMMCAHHbIE paHee, SIBIAIOTCS XOPOIIHM IIPHMEPOM 3TOMY:
KIIeTKH
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Puc. 16-26. A. ITonsipuzanus 61acTOMEPOB MBIIIN HA CTAJHU 8-KJIETOYHO-TO 3apOJIBIIIa IPUBOIUT K TOMY, YTO Ha CTaJMH 16 KIETOK HapyXHbIC U
BHYTPEHHHE KJICTKH PA3JIMYaOTCs 110 XUMUYECKUM CBoiicTBaM. b. JIBa Gmactomepa 13 SMOPUOHA MBIIIH B KOHIIE 8-KJIETOYHOW CTaJUH, MEYCHHBIE
(byopecupyOMUMI aHTUTENAMH TIPOTHB KJIATPHHA (Cle6a), WiH (GITyopecMpyIOiM KOHKaHaBalIMHOM A (cnpaea). Ha pucyHKe BUIIHO, 4TO HIMEET MECTO
HOJIApU3allis BHYTPEHHUX KOMIOHEHTOB KJIETKH, a TAK)KE CBOKMCTB KieTouHol noBepxHocTH. (b-u3 B. Maro, M.H. Johnson, S. J. Pickering, D. Louvard, J.
Embryol. Exp. Morphol., 90, 287-309, 1985.)

IIOJIOBHHHBIX WJIM YIBOCHHBIX XHMEPHBIX SMOPHOHOB IIOJCTPAWBAIOT CBOEC IOBEJCHHE TaK, YTOOBI B pe3ysibTaTe Pa3BUTUsI BO3HHUKIO J>KMBOTHOE, HE
OTJIMYAIONIeeCss OT HOPMbI HU IO pa3MepaM, HU MO cTpoeHHio. OHAKO B CHIBHO OTKJIOHSIOIIMXCS OT HOPMBI YCIOBHAX Pa3BUTHS SMOPUOHAIBHbIC KICTKH
BBIXOJIAT U3-10J KOHTpousi. OTCIoza clielyeT HECKOIBKO BaKHBIX BBIBOJIOB.

IIpu TpaHCIIaHTALMK HOPMAJIBHBIX PAHHUX 3MOPHOHOB B ITOYKH HJIM CEMEHHUKH B3POCIBIX KUBOTHBIX IPOMCXOAUT Je30praHu3auus SMOPHOHOB
U HapyIIaeTcss HOPMaJbHBII KOHTPOJb KICTOYHOW mpoimdepaimu. B pesynbrate aHOManbHOrO pocTa BO3HMKACT TEpaToMa - Je30praHM30BaHHAs Macca
KJIETOK, cojeprkamas MHorue auddepeHnupoBaHHbIe TKaHU (KOXKY, KOCTH, JKEIE3UCTBIM SIUTENHI M T. J.) BIEpeMemKy ¢ HeanddepeHInpOBaHHBEIMU
CTBOJIOBBIMH KJICTKAMH, KOTOpBIE HMPOTODKAIOT AGNUTHCS M CO34aBaTh 3TH Iu(depeHIrpoBaHHbIe TKaHH. TepaToMa MOXXET BO3HHMKATh M CIIOHTAaHHO B
pe3ysbTaTe CIy4ailHOrO HapyILICHHs Pa3BUTHA. B HOPMalbHBIX YCIOBUSX ApOONCHHME M SMOPUOreHe3 HA4YMHAIOTCS TOJBKO II0CIC TOrO, KaK MPOH30HACT
OILIOJOTBOPEHHUE SIHLIEKICTKH CIIEPMHUEM. DTO COOBITHE CILY’KHT CUTHAJIOM K pa3BUTHIO. HO B HEKOTOPBIX CITy4asix OOLUT MPHUCTYIACT K Pa3BHTHIO CIIOHTAHHO.
Takoe criontanHoe (6e3 OIIOJOTBOPEHHUS) PAa3BUTHE HOCUT Ha3BaHHUE napmenozenemuieckoeo (cM. paz. 15.4.3). Eciu 9T0 MPOUCXOIHUT 0 BEICBOOOXKIACHUS
OOLMTA U3 IMYHUKA, TO 10 CTAJUH ONACTOLMCTHI SMOPHOH Pa3BHUBACTCS NPAKTHYECKH HOPMAJIBHO, HO 3aTEM BO3HHUKAET TepaToMa. TepaTtoMma MOXKET BO3SHUKATD
Uy CaMIOB U3 [IEPBHYHBIX MOJOBBIX KJICTOK B CEMCHHHUKAX; Y IPHI3YHOB 00pa30BaHME TEPATOMBI MOXKHO CIIPOBOLHPOBATH HCKYCCTBEHHO ITyTEM IEPECAIKH
B3pOCIIOMY KHBOTHOMY Pa3BHBAIOLINXCS CEMEHHHKOB SMOPHOHA, COEPIKAILNX [IEPBUYHBIC ITOIOBBIC KICTKH.

Bo Bcex 3THX CllyyasX BO3HHKAIOT BECbMa CXOAHbBIC TEPATOMbI M BCE OHM MOTYT OBITh HCIIOJIB30BAHBI JUISl IIOJNYYCHHs II€PEBHBACMBIX
3JI0KQUECTBEHHBIX OMyXOJIel mepamoxapyurom. TepaTokapuuHOMa CIIOCOOHA pacTH A0 TEX IMOp, [OKAa HE BBI30BET rmbeian Xo3suHa. TpaHCIUTaHTHPYS
paKoBBbIC KJIETKH OT OJHOW OCOOM K JpPYrod, TepaTOKapUUHOMY MOJXKHO IOAIEPKUBATH HEONPENSNCHHO NOJIro. TepaTokapuMHOMA COAEPKHUT 4YacTh
HenupGepeHIPOBAaHHBIX CTBOJIOBBIX KJIETOK M 4acTh AU((EpeHIMPOBAHHBIX KICTOK, 00Pa3yIOIIUXCs U3 CTBOIOBBIX. CTBOJIOBBIC KICTKH T€PATOKAPLIUHOMBI
MOXHO KYJIFTHUBHUPOBATH in Vitro B BUE MOCTOSIHHBIX KJIETOYHBIX JHHUWA. B moaxomsieii cpexe oHM MpoaospKaT npoiudepuposats 6e3 quddepeHupoBKI
HeompeeaeHHo fonro. Ho ecnu cpeny n3MeHuTh, 106aBUB HHAYKTOP U (PepeHIUPOBKU, HAIPHUMEP PETHHOCBYIO KHCIIOTY, HJIH CO3aTh YCIOBHS, B KOTOPBIX
KJICTKH arperiupyioT, TO CTBOJOBBIC KJICTKH IOJTY4aOT UMITYJbC K AU((PEPCHIHPOBKE U 00pa3yloT MHOXKECTBO HOPMAJbHBIX CHELUATH3UPOBAHHBIX THUIIOB
KIJICTOK.
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MoxHO  Jgymarb, YTO JIIOOONBITHBIC  CBOMCTBAa  CTBOJIOBBIX  KJIETOK
TEPAaTOKApLHHOMBI, KAK W B CIy4ac APYTMX BHIOB OIyXOJICH, SIBISIOTCS CIICACTBHEM
MyTalM{ TCHOB, OTBETCTBCHHBIX 32 HOPMAJIbHBIH KOHTPOJIb MOBEACHUS KICTOK (CM. pa3.
21.1.2). OpHako jpaibHEHIINE HAOIIOJCHUS MMOKa3ald, 4To 3TO He Tak. Oka3aaockh, 4TO
OYCHb MOXOXHE KICTKH MOXKHO IIOJIy4UTb, NMOMECTHB KJICTKM BHYTPCHHEH KIICTOYHOMN
MAcChl B KyJIbTYPAIbHYIO CPELY M KaK TOJIBKO OHU HAYHYT JEIUTHCS, CO3AATh YCIOBHUS UL
nx paszobuieHus. HekoTopble IUCHEPrUPOBAHHBIC KIETKH IPOJOJDKAIOT — AEIUTHCS
HCONPE/CICHHO A0Nro 03 M3MEHCHHs CBOMX CBOWCTB; MX MOXHO HCIIONB30BaTh IS
CO3[aHMsI TOCTOSIHHBIX KJIOHOB, 00JIaJafOIiX MHOTUMH CBOMCTBAMH HOPMAJIBHBIX KJICTOK
BHYTPEHHEH KJIETOYHOH MAacChl. DTH KJICTOYHBIC JMHHU MOYTH HEOTIIHYMMBI OT JIMHHUH
KJICTOK, IMOJIyYCHHBIX M3 TEPATOKAPLMHOMBI, HO UX MOXHO IOJIy4aTh W3 HOPMAJIbHBIX
9MOPHOHOB CO CTOJIb BBICOKOW 4acCTOTO, KOTOpasi OMPOBEPracT MPEAIOIOKEHHE 00 HX
MYTallMOHHOH npupoje. BeposTHo, pa3oOmieHHe KJICTOK M JIMIICHHE HX HOPMAaIbHOTO
OKPY)KCHHSI MEILIAaeT BOCIPUATHIO CHIHAJIOB, OTPAHHYHMBAIONIMX HX MNponupepanuio B
HOPME U COJCHCTBYIOLIMX MOCIIEN0BaTEIbHON TuddhepeHInpoBKe.

Bonee Toro, anomMansHOE MOBEJICHHE TAKHX CMBOIOBbIX KIenoK (HE3aBUCHMO OT
TOro OBUIM JIM OHM HOJy4YCHBI W3 TEPATOKAPIUHOMBI MM KaK KyJIbTypa HOPMAaJbHBIX
9MOPHOHATBHBIX KICTOK) MOXET H3MEHHTBCS IPH HX IOMCIICHHH B HOPMAJIbHOE
okpyxkeHue. s 3TOro KIETKH ClefyeT HHBENUPOBATH B IIOJOCTh HOPMAIbHOU
OnmacrorucTbl (puc. 16-27). MHbeUMpOBaHHBIE KJIETKH BKJIIOYAIOTCS BO BHYTPEHHIOIO
KJICTOYHYI0 MAacCy HOPMAJIbHOH OJaCTOLNCTBI M Y4YacTBYIOT B OOpa3OBaHHMH BHEIIHE
HOPMAaJIbHOH XUMEpPHOW MBIIIN: IIOTOMKH HHBEIUPOBAHHEIX SMOPHOHAIBHBIX CTBOJIOBBIX
KJICTOK MOTYT OBITh OOHAPYKCHBI IPAKTHYECKH BO BCEX TKAHSX TOTO KMBOTHOTO, I/IC OHU
muddepeHIUpyOTCS B CTPOrOM COOTBETCTBUU C MECTOIOJIOKEHHUEM U JIaXKe CIIOCOOHBI
IPHHUMATh YydacTHe B (OPMHPOBAHMH JKM3HECIIOCOOHBIX IIONOBBIX KIIETOK. OTH
9KCIICPUMEHTHI YOCANTEIPHO CBHACTEIBCTBYIOT O TOM. YTO CHMTHAIIbI, BOCIIPHHMMACMBbIC
paHHMMH  OMODHOHANBHBIMH  KICTKAMH  OT  COCCAHHMX  OJaCTOMEpPOB,  UIPAIOT
HCKITIOUUTEINIBHYIO POJIb B ONIPE/ICIICHHH UX JalbHeHIIeH cy p0bL.

16.2.7. [loBereHNe KJIETOK MHOTOKJIETOYHBIX ;KUBOTHBIX
onpejensiercss He TOJAbKO FeHOMOM H OKPY Kalolleil cpe1oii, HO U UX
NpeAbICTOPUEH

B mporecce pa3sBUTHS OpPraHM3Ma ONPEAEICHHBIE IPYIIBI KIETOK JO/DKHBI HE TONBKO
pHOOPECTH HEKOTOphIE XapaKTepHbBIE NPH3HAKH, OTIMYAIOMUE MX APYr OT Jpyra, HO,
KpOME TOrO, OHHM JOJDKHBI COXpanumes NPHOOPETEHHbIE MMM pa3jMuMsi M II0CiIe
HCYE3HOBEHHs BHEIIHMX CHMTHAJOB, HHUIHMUPOBABIINX TAKHE M3MEHEHHs, a TaKKe
nepesiaTh CBOM OCOOEHHOCTH KJIETKaM-TIOTOMKaM. Tak, Ipy IeNIeHnH MUTMEHTHOH KIETKU
JIOJOKHBI BO3HHMKATh ITMTMEHTHBIC KJIETKH, NP JEJIECHHU KIETKH MEYEHH €€ NOTOMKH
JIOJDKHBI OCTABaThCs KIETKAMHU IeYeHH U T. . OTIHYUTeNbHbIE YePThI KIETOK BO3HUKAIOT
BCJIE/ICTBUE BOCTIPHATUS MMM Da3IMYHBIX BO3JEHCTBHH, KOTOPBIM OHH TOJBEPININCH B
nepuo SMOPHOreHe3a; COXPaHEHHE THX Pa3IUUMi 00YCIIOBIEHO CIIOCOOHOCTBIO KIETOK
KaKHM-TO 00pa30M 3aKpeIUIATh BJIMSHHE 3TUX NMPOLUIBIX BO3ACHCTBMH M NepenaBaTh HX
cBonM TmoToMKaM. Jlake caMble NPUMHTHBHBIE OakTepMM B OTBET Ha W3MEHEHHE
OKpY’KaloIIeil cpejibl CIOCOOHBI K OBICTPOMY M3MEHEHHIO CBOSH XMMUYECKOH aKTHBHOCTH.
Ho KJIeTKH BBICIIMX JKMBOTHBIX YCTPOGHBI 3HAYHTENBHO CJIOXHEe, HX IIOBEICHUE
ONpEe/IeNsAeTCs He TONBKO TEHOMOM M HBIHEIIHHM OKPYXKEHHEM, HO TaKKe MX HPOLLIOiH
ucropuei.
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16.2.8. Byaymas cneuuaJin3anus KJIeTOK onpee/sieTcsi 321010 10 NosiBJeHUs] BHEIIHUX NPU3HAKOB I depeHIHPOBKH
[14, 22]

Hanbonee m3BecTHOE HOKA3aTEILCTBO CYNIECTBOBAHHS KJICTOYHOM IaMATHCTONKOE COXpaHeHHE NU((HEepeHIPOBAHHOTO COCTOSHUS KIECTOK BO
B3pocioM opranmsme (cM. pasa. 13.4.1). brarogapsi KIeTOYHONH MaMATH CTHMYII, HAPABUBLINI KJIETKY Ha TOT MM HHOW MyTh AU(P(EPCHIUPOBKH, MOXKET
OKa3bIBaTh CBOC JCHCTBHE HA €€ MOTOMKOB. HEeKOTOpHIC KICTKH COMHTOB ITO3BOHOYHBIX CICLHAIH3UPYIOTCS KaK MPEIUICCTBCHHUKH MBILICYHBIX KICTOK Ha
O4YeHb PAaHHMX CTaJHSAX Pa3BUTHUS M MHTPUPYIOT M3 COMUTOB B PAa3IMYHbIC YaCTHU TeJa, B TOM YHCIIE B 00J1acTH (POPMUPOBAHHS KOHEUIHOCTEIl; BCE ITO CIOKHOE
MIOBE/ICHUE OIPEAEIACTCS CepUell pelIeHUH, NPUHATHIX KIETKAMU 3HAUUTEIBHO paHblle, a MMEHHO 10 M BO BpeMs ractpyisiuuu (cM. pasa. 16.6.5). Otu
KJICTKHU-TIPEAIICCTBCHHUKH CIIEe HE COACPXKAT OONBLIOrO0 KOJMYECTBA COKPATUTEIBHBIX OCIKOB, XapaKTEPHBIX JUIS 3PEJIbIX MBIIICYHBIX BOJIOKOH; OHHM JAiKe
BHEIIHE HE OTIMYAIOTCS OT JPYTHX KIETOK 3a4aTka KOHEYHOCTH, HMMEIOIHX HHOE IPOUCXOXKACHHE. TOoNbKO depe3 HECKONBKO JHEH OHH IPHOOPETaloT
BHCIIHUE HPHU3HAKM, XapakTepHbie M AU(PHEPEHINPOBAHHBIX MBIIICYHBIX KJICTOK M HAYMHAIOT HHTCHCUBHO CHHTE3MPOBATH CHELU(HYECKHE UL 3THX
KiIeTok Oenku. OcTanbHbIe KICTKH Oyaylied KOHEYHOCTH, DPACIOJOXKCHHBIC 31eCh iK€, AU(PGHEpCHIMPYIOTCS B SJIEMEHTHI COCAMHHUTEIBHOI TKAHH.
CreroBatenbHO, BEIOOpP MPOrPaMMBI Pa3BUTHS (T.€. CTAHET JIM KJICTKAa MBIIICYHON MM KJICTKOH COCIMHUTENILHON TKAHH) IPOHCXOAUT 3aI0JIr0 J0 TOro, KaKk
NPOSIBIISIIOTCS. BHELIHKE NpU3HAKH AuddepeHnnpoBky. BeposTHo, 3Ta mporpaMmMa 3anucana B KJIETKaX B BUAE TPYAHO YJIOBHMBIX XMMHYECKUX MOJH(HKALNI
(B JaHHOM cily4ae, O-BUMMOMY, IPOUCXOJUT aKTUBALMS IIEPBUYHOTO CHEHU(PHUIESCKOTO JUISl MBIIIMHBIX KJIETOK PEryJIITOPHOTO reHa - cM. pas3a. 10.1.8).

JleTepMHHHPOBAHHBIMH HA3bIBAIOT KJIETKU, KOTOPHIE BBIOpaIM MPOrpaMMy Pa3BHUTHS. B 5MOPHOIOIHH «IeTepMUHALUSI»-HACTOINBKO BaXKHOE U
TOHKOE IIOHSTHE, YTO MBI JOJDKHBI JaTh eMy Oojee cTporoe ompezneneHue. KIeTKy CYMTAlOT AETEPMHHHMPOBAHHOM, €CIM B HEH MPOU30LUIO CTOHKOE
BHYTPEHHEE H3MCHEHHUE, KOTOPOE JIENACT €€ U €€ IOTOMKOB OTJINYHBIME OT APYTHX KJICTOK IMOPHOHA U MPEIONPEACISICT Pa3BUTHE 110 CHCLUATH3UPOBAHHOMY
Iy TH.

PaccMOTpHM HEKOTOpPBIE MMyHKTHI 9TOTO ONPEACICHHSI.

1. VI3MeHeHHE NODKHO CAeiaTh KICTKY M € IOTOMKOB OTJIMYHBIMH OT APYTMX KICTOK M HAIPaBUTh OTH KICTKHM 110 ONPEACICHHOMY MyTH
Pa3BUTHUS: KIETKa HE CUHTACTCS JETCPMHHHPOBAHHON TOIBKO IIOTOMY, YTO OOTOHSET ApYrue KIETKH B IIPOLECCE CBOEro co3peBaHus. JleTepMuHAIMsSL
BKJIFOYACT BHIOOP OMPE/IEICHHOTO My TH Pa3BHTHSL.

2. U3meHenus, npoucxomsimue B AN(GHEpCHUNPYOMMXCS KIETKAX, AOJDKHBI OBIThH CaMOMOICPKUBAIOIMMHUCS. JleTepMUHALNS MOPa3yMeBacT
YCTaHOBIICHHE Pa3lIHuUi, Haciedyembix B Psiy TOKOJIeHHH kiaeTok. KileTka He cunTaercst JeTepMHHHPOBAHHOI TOJIBKO HAa TOM OCHOBAaHUH, YTO OHA 3aHUMAeT
OIpeIeJICHHOE MOJI0XKEHHE B TeJle )KUBOTHOr0. UTOOBI OBITH TAKOBOM, OHA JJOJDKHA COXPAHUTh CBOU XapaKTEePHbIE OCOOCHHOCTH NPH NCYE3HOBEHHWH BHELIHHX
CHTHAJIOB, BBI3BABILKX MOSBICHHE 3THX OCOOCHHOCTEH.

JleTepMHHAIMS HHOTA ONPEEIIeTCs], KaK Heobpamumoe u3MeHeHHe. Ho mOCKonbKy MBI HE B COCTOSIHHM IPOBEPUTH MOBEJCHHE KICTKH BO BCEX
BO3MOJXKHBIX YCJIOBUSX OKPYKaIOIIEH CPebl, HEJIb3sl OJHOCTBIO HCKIIOUUTh OOPaTHMOCTh TAKOTO N3MEHEHUs; 60Jiee TOro, B HEKOTOPBIX CIy4asX KICTOYHasI
[aMsATh MOXXET OBITh HApyILICHA, M TOTJa ACTCPMUHHPOBAHHOE COCTOSIHHE CTaHET oOpaTuMbIM. [103TOMy MBI cTpeMHuMCs n30eraTh KpaiHHX BBIPQKCHHH M
TOBOPHUM O IETEPMHHAIHH, KAK O CAMON000epAUCUBAIONjeMC sl IBMEHEHHH CBOHCTB KIIETOK.
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Tepmun nuddepeHIMPOBKA HCIOIB3YCTCS OOBIYHO ULl ONPEACICHUS A6HO BbIPANCEHHOU CICHUAIN3AHN, T.C. U ONMPEICICHHS KICTOYHBIX
CBOJCTB, KOTOpBIE SIPKO BbIpaXkeHbl. OOBIYHO KJIETKA CTAHOBHTCS ACTEPMHUHHPOBAHHOH 10 IU((HEepeHIUPOBKH, XOTs B HEKOTOPHIX ClIy4asx o0a Ipouecca
OCYILECTBIIAIOTCS OAHOBpeMeHHO. OfiHaKo B mpHHLHIE AU(HEPEeHIINPOBKA MOXKET OCYILIECTBIATECS O3 JeTCPMUHALIMH, €CIU SBHAS CICLUAIH3ALHS KICTKH
HOCHT 0OpaTHMBIi XapakTep.

16.2.9. Bpemsi 1eTepMHHALIMH KJIETOK MOKHO ONpeAesiTh B IKCIIEPUMEHTAX ¢ nmepecaakamu [23]

Jlns mokasarenbCTBa TOrO, YTO KIETKAa WM TpyNIa KIETOK JeTePMHUHHPOBAHBI, CIEAYeT BBICIMTH y HUX OINPEACICHHBI IpPH3HAK,
COXPAHSIOLIUNCS aXKe MPH IKCIEPUMECHTAIbHOM H3MCHCHHH YCIIOBUMH, B KOTOPBIX OH BO3HHK. B 3TOM cityuae 0ObIYHO HCIOJIB3YIOT TPAHCILUIAHTALIMIO KICTKH
WITH KJIETOK, IEPEHOCS X B HEOOBIYHBIC YCIOBHSL.

IIpocreiimuii SKCIIEpUMEHT Takoro poia ObUI NMPOBeNeH Ha dMOpUoHaX amduoOuii. Panee MBI y)Ke YHOMHHAQIM, YTO MOXKHO IOCTPOMTH KapTy
HPE3yMITHBHBIX 3a4aTKOB 0J1aCTyJIbl HJIM FacTPYJIbl, COACPIKAILIYIO MOAPOOHbIC yKa3aHUsI O TOM, KAKHE OPTraHbl B3POCIOr0 OPraHM3Ma Pa3OBBIOTCS U3 TEX WM
MHBIX 00JacTei 3apozpima. JIerko NpociIeanTs, YTo IpH HOPMAIEHOM XOJe Pa3BHTHS KJICTKH OJHOW 00IacTH JaayT HAadyallo SIUIEPMHUCY, a KICTKU JPYroH -
Mo3ry. Jlyist mosydeHHs: OTBETa HA HAII BONIPOC HEOOXOIMMO ITOMEHSTh MECTaMH JIBa KyCOuka SMOPHOHAIBHON TKAaHM, BBIPE3aHHbIE M3 Pa3HBIX oOiacTe,
HalpUMep TaK, 4TOObI YacTh OyIyIIero (Ipe3yMITHBHOIO) 3UIEPMHUCA OKa3ajlach Ha MecTe OyIyIiero Mosra 1 Hao0opor. Eciii B MOMEHT TpaHCIUIaHTalu|
KJICTKH XK€ JEeTePMHHHPOBAHBL, TO OHU OyIyT pa3BHBAThCS aBTOHOMHO B COOTBETCTBHU CO CBOMM IIPEKHUM IIOJOXKEGHHEM, T.€. KJICTKH H3 00JacTH
NPE3yMITHBHOTO 3IHJEpMuca, Oyaydn HepeHeceHbl B 00JacTh, M3 KOTOPOH JOJDKEH 00pa3oBaThCs MO3T, 00pasyrOT SMHUAEPMHC, a KICTKH U3 00JacTH
OyIyIero Mosra 1ocijie TPaHCIUIAHTAIIMK B 00/1acTh, JAIOLIYI0 HAuajo SMUAEPMHUCY, 00pa3yloT HEPBHYIO TKaHb. 3aMETHM, OJHAKO, YTO HA CTaJUU paHHEH
TacTpyJibl KIETKH €Ie «HE IIOMHST» CBOETO IPOUCXOXKICHHS M NH(M(DEPEHIHPYIOTCS B COOTBETCTBHU CO CBOMM HOBBIM IOJIoxeHHeM. Ho ecim mposectu
TaKOH e IKCHEPUMEHT HECKOJIbKO I03)Ke (Halpumep, Ha CTaJud IO3IHEil racTpyiibl), TO KIETKH NMPE3yMITUBHOIO MO3ra B o0JIacTH smuepMuca OyayT
Ju(depeHIMpoBaTECS B HEPBHYIO TKaHb, a KICTKH IIPE3yMIITHBHOIO OSHMACPMHCA, HEPECaKCHHbIC B 00JIACTh Oy[ylIero Mosra, - B 3IHACPMHC.
CreroBatensHO, 00€ IPYIITHI KIETOK CTAH JeTePMUHAPOBAHHEIME B KaKOH-TO MOMEHT MeX/y paHHEH U MO3JHEeH racTpyIoi.

16.2.10. CocTosiHNe 1eTePMUHAIIMU MOKET ONPeAeasIThCsA UTOMIA3MOI HIM XpoMocoMamu [24, 25]

Kieroynass mnamsarh NpeAcTaBisieT COOOH OOHY M3 Hauboliee MHTPUTYIOLIMX IPOOJEeM MOJICKYJSIDHOH OMOJNIOTMH: OT 4Yero 3aBHCHUT
CaMOIIOIep;KHBAaHUE OIPEEICHHOTO XapakTepa skcnpeccuu renos? [logpobHoe obCyskaeHHe STOro BoIpoca ¢ OHOXHMHIECKON TOUKH 3peHUS BBl HaliieTe B
. 10. 3xech ke a1 JanbHEHIIEro OOCY)KAEHUS IOJIE3HO Pa3leNuTh MOJICKY/SIPHBIE MEXaHHM3MBI Ha JBa Kilacca, KOTOPbIE MOXKHO OOO3HAYHTh Kak
yumonnasmamuuecKue n soepoie.

Korzma MBI roBOpUM 0 HUTONIA3MATHYECKOH NAMSTH, MBI IIOJPAa3yMEBacM, YTO KOMIIOHEHTHI, KOIUPYEMbIC ONpEICICHHBIM HAOOpPOM IEHOB,
IPHCYTCTBYIOT B IIUTOILIa3Me (JIHOO BO BHEKIIETOYHOM OKPY)KEHHH) M OKa3bIBAIOT IIPSIMOE MIIH KOCBEHHOE JeficTBHE Ha T€HOM I10 IIPHHIIUITY 0OpaTHOI! CBs3Y,
TOJUIEPKUBast M30UPATENIbHYIO SKCIPECCHIO ONPE/IEIEHHOTO Habopa Ir'eHOB;
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B IUTOIUIa3Me KJICTOK Pa3HBIX THUIIOB COAEPIKATCS Pa3IMYHbIC KOHTPOIHpYomue BhakTopsl. TakuM 00pa3oM, IPH HOIyYeHUH sapa U3 Au(GdepeHIIPOBAHHBIX
KJICTOK OJHOTO THIIA M HHBEKIMH JTOr0 sJpa B LUTOIUIA3MY KJIETOK JPYroro THIA XapaKTep IKCHPECCHH T'CHOB MOJDKEH H3MEHHUTBCS C TEM, YTOOBI
COOTBETCTBOBATh IIUTOILIA3ME XO35MHA. B dKcmepuMeHTax o siAepHBIM MepecakaM Ha sifnexnerkax amdubuii (cM. pasa. 16.2.1), paBHO Kak ¥ B APYTHX
HKCHEPUMEHTAX 110 MCKYCCTBEHHOMY CIHSHUIO KJIETOK, ObUIM HOIYYeHB! JAaHHBIC, CBHICTEIBCTBYIONINE O TOM, YTO MMEHHO TaK BCE U IPOHCXOAUT. DTO
II03BOJISIET FTOBOPHUTH O BYKHOH POJIM MEXaHU3MOB, 00ECIIEUMBAIONINX [IUTOIUIA3MAaTHYECKYIO AMSITh.

BmecTe ¢ TeM sizepHasi MaMsAThb, M3BECTHAs TAKXKE KaK 2eHOMHbIU UMAPUHMUHZ, ONPENEIAETCS CaMONOIACPKUBAIOIIMMHCT H3MEHEHUSIMH,
KOTOpBIE 00YCIIOBICHBI U3MEHCHUSIMU CBOMCTB XpOMOCOM. B Xone 3THX M3MEHEHMH mocienoBaresibHOCTh HykieoTua0B B JJHK ocraercst moctosHHOM, HO
IPOMCXOUT BBIOOpP T'€HOB, KOTOpBIE OyIyT dKcrpeccupoBaThes. Hanbosiee XOpomo M3ydeHbl NPUMEpH! SACPHON HaMSTH, CBS3aHHbIC ¢ Memuiuposanuem
JHK: kak o0bscHseTcs B pa3a. 10.3.16, cymecTByomuil XapakTep METWIMpOBaHus IMTO3UHOB B JIHK MoXeT coXpaHAThCS B psily KIE€TOUHBIX OKOJECHUH U
9TO CBOMCTBO ompeernsiercs aeiicTBueM GepMeHTa MeTHIA3kL.

OMOpHOHATIBHOE Pa3BUTHE SIBISCTCS KaKk Obl DKCIEPUMEHTOM HPHPOJIBI, MOCTABICHHBIM IO Ui W3y4eHUs suepHod namsard. Crnepmuil u
HCOIIOJIOTBOPEHHAs SIILEKIETKA CYIIECTBCHHO PA3/IMYAIOTCS [0 COCTOSHHIO KICTOUHON Au((HEepeHUNPOBKY, 1 TeM HE MEHEE OHH COJCPXKaT MPaKTHYCCKU
UJICHTUYHBIA HA0Op T€HOB H IOCIE OIUIOJOTBOPEHHS HX XPOMOCOMBI OOBEOHWHSIOTCS B OHOU KieTke. CoXpaHsioTcs 1u (YHKIHOHAIBHBIC Pa3IHIUs
XPOMOCOM, IPOHCXOMSIHUX M3 CIICPMUS H SIMIEKIETKH, I0cIe UX OObeJUHEHHs B 3urore? B mccienoBaHHMsAX Ha MbIIIaX Ha 3TOT BOIPOC OBUI IOITydYeH
HOJIOXKUTENIBHBIH OTBET.

16.2.11. Hadopbl XpoMOCcOM, POUCXO/AsIIIINE U3 CIIEPMUSI U SILa, HECYT O0TNEYATOK cBoeil ucropum [25]

Kak yxe ynmoMuHanoch, HEOIUIOJOTBOPEHHOE SHII0 MOXKHO CTHMYJIUPOBATH K JPOOICHHIO 03 IOMOIIM CIIEPMUS: HE3aBHCHMO OT TOTO,
MPOMCXOUT aKTUBALMS CHOHTAHHO WJIM BBI3BaHA UCKYCCTBEHHO, €€ PE3yJIbTaTOM SIBISICTCS napmenozenemuieckuil SMOpUoH (cM. pasn. 16.2.6). Y XHMBOTHBIX
OIPEIEIEHHBIX BUJOB, B TOM YHUCJE U MO3BOHOYHBIX (HalpuMep, y HEKOTOPBIX SLIEPUI), TAKOH 3MOPHOH CIIOCOOEH Pa3BUTHCA B HOPMaJbHOE 310POBOE
B3pOCIIOE JKUBOTHOE. Y MIICKONUTAIOMUX IapTCHOTCHETHYeCKHe SMOPHOHBI IIOTHOAIOT Ha PAHHMUX CTAAUAX Pa3BUTUS; Y OTHX JKHBOTHBIX JIO CHX IIOD
HEU3BECTHBI CIIy4ay Pa3BUTHs O3 OIUIOZOTBOPEHUS, HECMOTPS Ha OOJIBIIOI HHTEpEeC K JaHHOH IpobiieMe i MHOTOYHCIICHHBIE HOMBITKH 3KCIIEPHMEHTATOPOB.
[puunHa 3THX HeyAa4 OblUIa BBISBICHA B SKCIICPUMEHTAX HA SIHIIEKICTKE MBIILIH.

H3BecTHO, YTO OILUIOZOTBOPEHHOE SIHI0 (3UTOTA) COAEPXKHUT JABAa MPOHYKIICYyca, OJMH M3 KOTOPHIX IIOTydYeH OT OTHA, a BTOPOH - OT MaTepH.
Hcnonb3yst MEKpOITHIIETKY, MOYKHO H3BJIeYb OJIMH U3 IPOHYKIICYCOB M 3aMEHUTH €ro MPOHYKIIeycoM Apyroro sitna (puc. 16-28). Takum 06pa3oM MBI co3aeM
3UIOTY, COJIEPIKAILYI0 MO0 J1Ba MAaTEPUHCKHX, OO ZBa OTLOBCKMX NpOHYyKieyca. B mobOoM citydae reHom OyJeT OJHUM M TeM ke (€CiIM NPHHSATh, YTO
OTLIOBCKHI MPOHYKIIEYC coiepxai He Y-, a X-xpomocomy). OKa3anoch, 4TO 3Urota ¢ JByMs OTLOBCKMMH IIPOHYKJICYCaMH 00pasyeT sMOpHOH, y KOTOPOro
HET CTPYKTYp, Pa3BUBAIOIIMXCS B HOPME M3 BHYTPECHHEH KICTOYHOH Macchl, a 3UroTa C JABYMs MAaTEPUHCKMMH IPOHYKJIEYCaMH 00pa3yeT SMOpPHOH, He
COZIepKaInii CTPYKTYP, BOSHUKAIOIIHMX U3 TpOodIKTOAepMbL. Tak Kak 06a THIA 3UroT 00JIaJal0T OJJMHAKOBON LUTOIIA3MOIl, 3TH YKCIICPUMEHTBI YO IUTEIBHO
CBUJICTENIBCTBYIOT O TOM, UTO SACPHAst
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Puc. 16-28. Merop TpaHCIUIaHTALMY HPOHYKJIEYCOB MO3BOJISIET MOJIYYaTh SHIEKICTKH, 00a IPOHYKIIeyca KOTOPBIX PHHAJIEKAT CaMIly (MIIH CaMKe).
CnusHue MeMOpaH NPOUCXOAUT B Pe3yJIbTaTe BO3ACHCTBHS YaCTUYHO MHAKTUBUPOBAHHOTO Bupyca CeHJllai, MHbELMPOBAHHOTO HAa TPETHEM 3Tarle
OJJHOBPEMEHHO C TPaHCIUIAHTAL[HEH IPOHyKIeyca.

IaMsTh 00YCIIOBIUBAET KCIPECCUIO PA3IMUHBIX HAOOPOB FEHOB B MATEPUHCKHMX M OTLIOBCKHX XpOMOCOMAX; HHBIMH CIIOBAMH, OJHU T€HBI DKCIPECCUPYIOTCS
TOJBKO TOTja, KOTa OHM HACJIEAYIOTCS OT OTIA, a APyTHe - KOT/ia HaCIeoyI0OTCS OT MaTepH.

HabGnronenus Ha TpaHCIeHHBIX MBIIIAX [OKA3aJd, YTO B OCHOBE SIBJIICHUS FeHOMHOTO0 MMIPHHTHHTA jexut mermwinposanue JIHK. Hanpuwmep,
MOXKHO CKPECTUTh TPAHCI€HHBIX MBIIIEH, HECYIIHX MOcenoBaTesbHOCTH dyxkeponHoit JIHK, u momydyuTh IOTOMCTBO, HacledylOIlee BHEIPUBLIYIOCS
qy’>KepPOIHYIO IIOCIeI0BATEIBHOCT TOIBKO OT OTILA MM TOJIBKO OT MaTepu. Y TaKUX MbIIIeil HHTETPUPOBAHHBIC IIOCIE0BATEIEHOCTH MOTYT METHINPOBATHCS
[I0-Pa3HOMY B 3aBHCHMOCTH OT IPOMCXOXKICHHUS U3 CIEPMHUS WIH SHIEKICTKU. XapaKkTep METHINPOBAHHS COXPAHIETCS B COMAaTHYECKHUX TKAHSAX B TCUCHUE
BCEH JKH3HH B3POCIOr0 XKHUBOTHOTO, HO MOXET HM3MEHHUThCS B Iporiecce (hOpMUPOBAHHUS KIETKAMM 3apOJbIIIEBOH JMHHUHU CICAYIOIIETO IMOKOJICHHs IaMeT.
XapakTep SKCIPECCHH ONHOTO M3 IEHOB, O KOTOPOM H3BECTHO, YTO OH BeleT ceOs MOomOOHBIM 00pa3oM, OIpeae/sieTcss METHIMPOBAaHHEM; €CIU I'eH
HACJIeAyeTCs OT MaTepu, OH METHJIMPOBAH U HE SKCIIPECCHPYETCs Y JaHHOTO KUBOTHOI'O, TOT/IA KaK TOT JKE I'eH, YHACIIC[OBaHHbIH OT OTLA, HE METHJIMPOBAH U
9KCIPECCUPYETCSL.

3akJ/ouenune

B npoyecce pazsumus uz onio0omeopenHol AUYeKIemKu 603HUKAeN MHOICECBO KIEMOK PA3IUYHBIX MUNOB. 34 PeOKUM UCKIIOYEHUEM 2eHOMbL
Oupepenyuposantvix Kiemox COXpansomcs 8 HeusMeHHOM COCMOSHUY, USMEHACMCS UMb XAPAKMep IKCApeccuu 2eHo8. Pasznuuus, eosnuxaloujue mexncoy
KIemKamu, Mo2ym Oblmo Ce0CmeuemM HepagHo2o pacnpedeneHus YUMoniasmamuyeckux 0emepMuHanmos 6 siyexienke 00 Ha4ana OeneHust Ul ciedCmeuem
NOCIE00BAMENLHO20 UZMEHEHUs! KNeMOYH020 OKpydicenus 6 smbpuone. Hanpumep, y Xenopus 6racmomepbl aHUMATbHO20 U 8E2eMAMUSHO20 NOLYUIAPUT
HACTEOYIOM PasIuyHble YUMONIA3Mamuyeckue OemepmMunanmol. Bracmomepvl 6ecemamugno2o ROIYWAPUs UHOYYUPYIOM AHUMATbHbIE OIACMOMepbl K
PA36UMUI0 N0 Me300epMANLHOMY NYMU; 8 OMCYMCMeUue mAaxKoeo G030eicmeus aHUMAlbHble O1acmomepvl 0aiom Hauano dkmodepme. Hnoykyus
onocpedyemcs cuenanbhbimu moaexyiamu (PPD u TO-F2 uiu ux ananozamu), Komopsie 8 OpeanU3Me 63POCIbIX JICUBOMHBIX YUACMEYION! 8 PeyIAyuU pOCcma
u oughpepenyuposku Kiemox.

Aiyexnemxu Maekonumaiowux 001a0am YHUKALIbHLIMU C8OUCMEAMU, AGISACH, NO Cymu deld, cummempuynsimu. Brazodaps smomy ceoiicmsy ece
Onacmomepbl MAEKONUMAIOWUX UCXOOHO He OMIUYAIOMCS. Opye Om Opy2a, PA3NuHus 6O3HUKAIOM KAK C1e0CmBUe MeXHCKIeMOoYnbIX 63aumooeticmeui. I1o amoii
Jlce npuuHe KNemku 08YX PA3IuiHblX IMOPUOHO8, 00beOuHeHHble 8 00HO yelloe, CNOCOOHbB CKOPPEKMUPOBANb NPOSPAMMY PA3GUMUSL U CHOPMUPOBANb
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XUMEPHYIO Mblb. B omcymcemeue HOpManbHo20 1usHUs COCEOHUX KIeMOK ONACmoMepbl PAHHe20 3apoobliid Mbluil MO2YMm, pA36UeamsvCsi AHOMALbLHO,
06paszys mepamoxkapyuHoMbl, UCHOIb3YeMble Ol NOLYYEHUs IMOPUOHATLHBIX CMEOI0BLIX Kiemok. llpu umnianmayuu HOPMATbHOIM PAHHUM IMOPUOHAM
maxue KIemKu 60CCMAanaeIueaionm HOPMAibHoe NOGedeHUe, Ux NOMOMKU OUpDePeHyUpYIomes: 8 3aUCUMOCHIU O OKPYIICEHUsl U CNOCOOHbL YHACME08amb 8
hopmuposanuy HOPMAILHO20 SIMOPUOHA.

B npoyecce pazsumusn omOpuonanvbivle KiemKu npuobpemaiom onpeoeneHHvle paziuyus, KOmopbvle OHU OOJICHbI COXPAHUMb 0ddce Nocie
UCUE3HOBEHUS 8030€UCMBUSL, GbI36AGUIC20 MAKYIO OUBEPCUPUKAYUIO KIemOK. [ 2mM020 HeobX00umo, 4mobsl Kiemku oo1adany namamoio, obecneuusaioujeli
OemepmMuHayuio KIemox 6 HANPAaeNeHuu ONpeOeNenHOU CNeyuanu3ayuy 3a00120 00 NPOAGICHUs GHEWHUX NPUHAKO8 oudpepenyuposku. Mexanuzmol
KJLeMOYHOU NAMSAMU MO2YN 6blmb AUO0 YUMONIAZMAMUYECKUMU, ONPeOeaeMblMU KaK 6030€lCmeEue MOIEKYl YUMONIA3Mbl HA SI0PO € Yeabl0 NOOOePIHCANUsL
cobcmeenno2eo cunmesa, 1o 0ePHLIMU, OCHOBAHHIMU HA MOOUGUKAYUL XpoMamuna, Hanpumep memuauposanuu /JHK.

16.3. IIporpamMmbI pa3BUTHS HHANBUAYAJIBHBIX KJIETOK: AHAJIU3 FeHEeaJIOTHH KJIETOK HAa MpuMepe HeMaTox [26]

Krerku, obrnagas mamMaTbio HOJ00HO KOMIIBIOTEPAM, CIIOCOOHBI PEalH30BaTh CIOXKHBIEC IPOTPaMMbl PAa3BUTHS; B Pe3ylIbTaTe pealH3alldl TaKuX
IIPOrpaMM M3 MHOXKECTBA KJIETOK, Ka)XKHasi U3 KOTOPHIX IeHCTBYeT MO CBOEH COOCTBEHHON IporpaMme, KOHTPOIHPYEMOH B IPOLECCE Pa3BUTHUS, BO3HUKACT
CIIOKHOE TEJO B3POCIIOrO KHBOTHOTO. HekoTopble TUIBI NMOBEJEHMsS KIETOK B NPOLECCE PasBUTHS JOCTATOYHO ABTOHOMHBI, a JPYTHE ONPEAEIAIOTCS
CHTHAJIaMH, UIYIINIMH OT OKPY)KaomuX KIeToK. TakuM o6pa3oM, KIeTKH dMOPHOHA MOXHO YINOZOOHTH CeTU KOMIIBIOTEPOB, JCHCTBYIONIMX MapajlIeNbHO 1
obMenuBaronuxcst nHpopMmarmeid. Kaxnas xiertka o06lagaeT 0JMHAKOBBIM I'€HOMOM, T.€. COAEPXKUT ONHY H Ty K€ IIPOrpaMMy, HO 3Ta IIPOrpaMMa MOXKET
CYILLECTBOBAaTh BO MHOXKECTBE BAPHUAHTOB, HANpPABILSIIOIIMX PA3BUTHE 10 PasHBIM IyTSAM B 3aBHCHMOCTH OT CHIHAJIOB, BOCIPUHHUMAEMbIX KIETKOH M3
OKpY’KaloIiel cpeibl.

Krerounast maMsTh UrpaeTr 4pe3BhIYAHO BaXKHYIO POJIb, I IMEHHO II0 9TOH NPHYMHE NOBEAEHUE KIETOK B ONPEEICHHOE BPEMsl 3aBHCHT OT TOTO
BBIOOpA, YTO OBLT C/eNaH ee MpeIKaMy B NPEbIAYIHMX UKIAX AejleHus. TakuM o0pa3oM, Ui OJIHOTO IIOHMMAaHUs BCeil MPOrpaMMBbl Pa3BUTHSI HEOOXOIUMO
3HATh, KaK OCYMIECTBILUINCH KICTOYHBIC IENCHUs, T.c. HeOOXOJUMO 3HATh TCHEANOTHI0O MHANBHIYalTbHBIX KIETOK SYMOpPHOHA. B 9TOM H COCTOHT CyIIHOCTH
reHeajJorH4eckoro aHajau3a, IpoBeJeHHe KOTOPOro, OCOOCHHO Ha MPHMeEpe KPYIHBIX M CIOXKHO OPraHM30BaHHBIX )KUBOTHBIX (HAIpHMep, O3BOHOYHEIX),
IpeJCTaBIseT cO00M AOBOJBHO TPYAHYIO 3anauy. Ecim Ha paHHHX CTamusiX Pa3sBUTHS cHELM(UYECKH IOMETHTb OTAENbHBIC KICTKH, TO Ha 0ojee MO3IHHX
CTaAUAX MOJKHO HACHTH(GHIMPOBATh CaMH KJICTKH MM UX MOTOMKH. OIUH U3 CIIOCOO0B MEUEHNUS 3aKII0YAeTCsl B MUKPOHHBEKIIUN CIeNH(DIISCKHX MOJIEKYIL,
3a KOTOPBIMH JIETKO CJICIUTH (HAalpuMmep, (GpIyopecuupyIomie KpacHTeI! WK GepMEeHT HepoKcuia3y XpeHa; cM. pa3l.. 19.1.5), B kineTku paHHHX 3MOPHOHOB
(puc. 16-29). Kpome TOro, otzenbHble KJISTKH SMOPHOHA MOXKHO HOMETUTh I'€HETHYECKH, HAIpHMep, CO31aBas YCIOBUS IS MX MH(EKUHH CIICHHaNIbHO
BBIOpaHHBIM PETPO-BUPYCOM (CM. paza. 17.5.4) wim nonsepras SMOPHUOHBI ACHCTBHIO HOHM3UPYIOIIETO U3JIyYEHHs, BBI3BIBAIOLIETO CIIy4YaifHbIe COMaTHYECKUE
MmyTanuu (cM. paza. 16.5.13). DTu MeTonpl IeHealorH4eckoro aHaiW3a BecbMa TPYIOEMKH M KaXIbIH U3 OKCIEPHMEHTOB JaeT JIUIb HEeOOJNBIIYIO
HH(pOpMAIHIO
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Puc. 16-29. IIpocnexuBanue KICTOYHON poaocioBHO y acuunuu Halocynthia roretzi. A. DMOproH Ha ctaauu 64 kinerok. Ha sToit ctaguu B oauH U3
61aCTOMEPOB HHBELMPYIOT B KA4ECTBE METKH [IEPOKCHIa3y XpeHa. B pesyibrare CTaHOBUTCS BO3MOXKHBIM HICHTH(OHIMPOBATH IOTOMKH 3TOT0 GiactoMepa,
10106HO TOMY, KaK 3TO CJIEIaHO Ha pUCYHKe 10x (oTorpadueii. 5. JIMUMHKH, pa3BUBAIOIUECS U3 6 TAKMX SMOPUOHOB, OBUIN [OABEPTHY THI CIICLUATbHON
006paboTke 1t BIABICHUS (hepMEHTa (II0Ka3aHO YEPHBIM LIBETOM) B KJICTKAX - IOTOMKAX HHbELHPOBAHHBIX OJIACTOMEPOB. Y ABYX JINYMHOK, H300PaXKCHHBIX
ClIeBa (86¢pX)y M 6HU3Y), IPEIKOBBIM OJIACTOMEPOM, B KOTOPBIil BBOANIACH METKA, ObLT BEPXHUI U3 II0OKA3aHHBIX KPACHBIM LBETOM Ha PHC. A, V IBYX JIMYHHOK,
H300paKCHHBIX OCEPEAMHE, HIKHUN U3 THX OJIACTOMEPOB; JUIsl IBYX JINYNHOK, H300PaXCHHBIX CIIpaBa, PEAKOBBIH Oiiactomep Ha puc. A He BuueH. Y
JAHHOTO BH/A B POLIECCE PA3BUTHS U3 OJHUX H TEX XKe OIacTOMEPOB BCeraa BO3HUKAIOT ONpeaeIeHHbIe YacTh 3apopiiia (cM. hotorpadumn). (H. Nishida,
Dev. Biol., 121, 526-541, 1987.)

0 IOTOMKAax 3MOpPHOHANBHBIX KIETOK. CHTyalus OCIOXKHSETCS €lie W TEM, YTO y IO3BOHOYHBIX M MHOTHX APYIHX OPraHM3MOB HACJICACTBEHHOCTb
HO/IBEpIKEHA CIyJallHOH M3MEHYHBOCTH JaKe y TeHeTHUECKH HCHTUYHBIX )KHBOTHBIX.

OpnHako y mpejcraBUTeNied HEKOTOPBIX HHM3LIMX THUIIOB, B TOM YHCIIE Y MOJUIIOCKOB, KOJNBYATBIX M KPYIJIBIX YEpBEil, AeNCHHE U IepeMelieHHne
KJICTOK B BBICIICH CTENEHH YMOPSAOYECHBI M Yy BceX ocobeil ocylecTBIsIOTCS oAuHaKoBo. CTONb IMONHAs BOCIPOU3BOAMMOCTH PE3yNbTaTOB ObuIA
UCIOJIB30BaHA IIPU H3YYCHHU KpPOLIEYHOH mpo3pauHoil Hemaronsl Caenorhabditis elegans. DTO >KMBOTHOE XapaKTEPH3yeTCS IPOCTHIM M IPAKTHYCCKH
HEU3MCEHHBIM CTPOCHHEM, H €ro Pa3BUTHE MOXKHO IPOCIEAUTH KJIETKa 33 KICTKOW Ha BCEM IIyTH OT silla 0 B3pOCIOro OpraHu3Ma. 37eCh MOKHO BBIYEPTHTD
MOJTHYIO T€HEAOTHIO K0 KieTku. Ha aToMm doHe ymaercst 04eHb TOYHO OTMETUTD 3(P(HEKTH MyTaluili U HHBIX IKCIIEPHMEHTAIBHBIX Bo3aeiicTBuit. Takoit
METO/ TI03BOJISET CBA3aTh OIPE/IeICHHBIC TeHbI ¢ KOHKPETHBIMHU JTAllaM{ B PeaU3alliiy IPOrPaMM, KOHTPOIHPYIOINX Pa3BUTHE KIeTOK. OHAKO MBI yBUIHM,
YTO M3y4YCHHE BHYTPEHHEH JIOTUKH IPOrpaMMbl OTHIO/b HE IPOCTast 33/1a4a, JaKe B TAKHX OJArONPHATHBIX YCIOBHUSX; €€ CJI0KHOCTb BO MHOI'OM 00YCIIOBIICHA
HAIMYUEM MEXKIICTOYHBIX B3aMMOJCHCTBHIL. MBI 3aKOHYMM 3TOT pasjel IPUMEPOM, HLTIOCTPHPYIOIIUM MPHUMEHEHHE S3KCIICPUMEHTOB B KYJIbTYpE s
HEMOCPEACTBEHHOTO aHaIn3a HeOoIbuUX (parMeHTOB IPOrPaMMBbI, KOHTPOIHPYIOIIeH Pa3BUTHE OTAENBHEIX KICTOK MICKOIUTAIONINX.

16.3.1. B anaToMn4ecKkoM U reHeTH4YeCKOM OTHOLIeHusIX HeMaToaa Caenorhabditis elegans ycTpoena ouenb nmpocrto [27]

Jnuua B3pocinoit ocobu C. elegans oxono 1 mM. Teno uepBs cocrout npubmusurensHo u3 1000 comarmyeckux kierok u 1000-2000 monoBex
kietok (puc. 16-30). C moMomipto 3MEKTPOHHONW MHMKPOCKOIIMU CEPUIHBIX CPE30B YAAIOCH IOJHOCTBIO, KJIETKA 3a KJIETKOW, PEKOHCTPYHPOBATh aHATOMHIO
JKHBOTHOTO. OOIINI TIaH CTPOSHHUS ITOr0 IPHIMHUTHBHOTO YEPBS B OCHOBHBIX YEPTaX TaKOIf ke, KaKk U y OOJNBIIMHCTBA BBICIINX XKUBOTHBIX. Y IIMHEHHOE TEI0
obnazaer OMIATepAIbHON CUMMETPHUEH M COCTOMT U3 OOBIYHBIX TKAHEH (HEpBbI, MBIIIIEI, KUIICYHHK, KOXKA), OPraHU30BaHHEIX OOBIYHBIM CIIOCOOOM (POT U
MO3T Ha IIEPEeJHEM KOHIIC Telia, aHAaIbHOE OTBEPCTHE Ha 3aqHeM). HapykHas CTEHKa Tena COCTOMT U3 [BYX CJIOCB - 3AIIUTHON THIIOACPMBI (KKOXH») H
MOZICTHJIAIONIETO €€ MBIICYHOro cinos. IIpocTas TpyOKa, 06pa3oBaHHAs KIETKaMH SHTOJEPMBI, GOPMHpPYET KUIISYHUK. MexX Ty KUIIEYHHKOM H CTCHKOHU Tela
pacrioyio’keHa BTopas TpyOka (roHajia), HOCTPOEHHAs M3 COMAaTHYECKUX KJIETOK M COZEpIKalliasi IooBbIe KieTKH. Bapocisie ocodu C. elegans npeicTaBlICHbI
nByMs (hopMamu - rep-



87

A ~ |

s 1,2 Mn >
[P |
< &t

AOPCANBHAR CTOPOHA
Kuwirka flaua MNonaga JAOHWA KOHEL,
-—

NEPEAHWA KOHELU

FnoTka g % 3
Doumr | \ | Muiwuw
Marka Bnparanwwe [unogepsa

CreHka Tena

BEHTPANBHAR CTOPOHA
Puc. 16-30. B3pocnas repmapponutHas ocodb Caenorhabditis elegans (Bun cooky). (J. E. Sulston, H. R. Horvitz, Dev. Biol., 56, 110-156, 1977.)

MadpoauTamu U camuamu. Jist mpocToThl repMadpoIUTOB MOXKHO PacCMaTpUBaTh Kak CaMOK, 0OpasyrOLIMX OrpaHHYCHHOE KOJIMYECTBO CIICPMBI: CaMKa
MOJKET BOCIIPOM3BOIHUTHCS JIHOO ITyTEM CaMOOILIOZOTBOPEHHUS CBOCH COOCTBEHHOI CIEPMOM, OO IIyTeM MEepeKPeCTHOIO OILIONOTBOPEHHS repMadporuTta
CaMIIOM IIpH CllapuBaHUM. IIpH caMOOIUIOZOTBOPEHHH B OCHOBHOM BO3HHKAIOT TOMO3HTOTHBIE IOTOMKH, 4TO npeBpamaeT C. elegans B HCKIIOYHUTEIHHO
yIa4YHBII 00BEKT U1 IPOBEACHNUS TEHETHUECKUX UCCIIeIOBAHHIA.

CpasrurensHOil npoctote aHatomuu C. elegans COOTBETCTBYET Takas K€ IPOCTOTAa TEHETHYECKOTO ammapara. B 6 mapax TOMOJOIHYHBIX
XPOMOCOM COJIEPKHTCS, TIO-BHAMMOMY, BCETO JHITL 0KOo 3000 KH3HEHHO BaXHBIX TeHOB. lammommnsrii renom comepxut 80 x 10° map HykieoTHnoB, uTo
npuMepHo B 17 pa3 Gonblue, yeM y E. coli u B 38 pa3 MeHblIle, 4eM y desioBeka. B HacTosIee BpeMsi ¢ MOMOIIbIO MyTallMIOHHOTO aHAJIM3a HICHTH(UIINPOBAHO
npumepHo 800 renoB. Cpean HUX TEHbI, BIMSIOIINE HA TAKUE TPU3HAKY, KaK (JopMa U NOBe/ICHUE YepBeid, TeHbl, KOAUPYIOUINE TAKUE U3BECTHBIC OENKHU, KaKk
MHO3UH, W TEHBI, KOHTPOJNHUPYIONIME XapaKTep U HampaBleHUe pa3BUTHSA. Kpome Toro, momydena OuOIHMOTeka reHOMa B BHAE OoibHIOro Habopa
nepekpeiBaromuxcs ¢pparmenros JIHK (cm. pasn. 5.6.3).

16.3.2. /Isist pa3BUTHS HEMATO/] XapaKTEPHO YAUBUTEIbHOE MOCTOAHCTBO [28]

PasButue C. elegans HauMHaeTCs C OJHOM KIIETKU - OIUIOJOTBOPEHHOTO Silla, KOTOPOE MOCIEIOBATENbHO JCIUTCS; Ha CTaquu 558 KIETOK Moja
SHIeBOH 000J1049K0l (hopMUpPYeTCsl MaJICHbKHIT 4epBsdoK. [Tocine BBUTYIICHHS KJICTOUHBIE JETEHHS IIPOJIOJDKAIOTCS, YTO IIPUBOAUT K JanbHeHIeMy pocTy U
II0JIOBOMY CO3PEBAHMIO YEPBs, KOTOPBII MPOXOIUT 4 MOCief0BaTeIbHbIC IMYHHOUHbBIE CTaJUH, pa3JeieHHble TUHbKaMH. B pesynpTaTe mocnenHeil TMHbKH
obpa3syeTcsi B3pociiast 0co0b - 4epBb-repMadpoIuT, HAYMHAIOUIMI OTKJIaAbIBaTh COOCTBEHHBIC siila. [TOMHBIIN LMK pa3BUTHs OT filia A0 silia 3aHUMAeT
OKOJIO 3 CYTOK.

Teso 4epBsi IPO3pavHO, IIOITOMY 3/1€Ch MOXKHO MPIKM3HEHHO HAOIIOAATh AeJCHHE, MUTPALHIO U auddepeHunpoBKy kietok (puc. 16-31), a taxxe
OIHCAaTh TEHEAJOTHYeCKHe OTHOLICHWS M MOBEACHHE BCEX KICTOK, HAUMHAS CO CTAJUM OJHOKICTOUHOrO fila M KOHYAs B3POCIBIM JXHBOTHBIM. OJTH
HCCIICOBAHMS TIOKA3alH, YTO COMATHYECKHE CTPYKTYpPBI )KHBOTHOI'O 0Opa3yloTCs MO ONHOH HEHM3MEHHOH IeHealormdeckoil cxeme. Kaxknoe u3 MHOXecTBa
KJIETOYHBIX JIeJICHUI IPOMCXOAUT B CTPOTrO OHPEEIeHHOE BpeMs. DTO O3HAYAET, YTO KaXKIasl KJIETKa-IPEIIeCTBEHHUIIa U BCE €€ MOTOMKH AEISTCS Y BCEX
oco0eli 0AMHAKOBO (32 HECKOJIBKUMH MCKIIIOYEHHUAMH ). BoT mouemy,
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Puc. 16-31. YuacTok cpeJHeBeHTpaIbHON 00acTh xuBoi nunHkU C. elegans, cororpadpoOBaHHBIN MOCIIEI0BATEIBHO YETHIPE Pa3a C HHTEPBAJIOM B
HECKOJIbKO MUHYT. BuaHa nensmascs kinerka runogepmsl. (C mobdeszHoro pasperienus John Sulston, Judith Kimble.)

3Has MOJIOKEHNUE JJAHHOW KJIETKM Ha POIOCIOBHOM JPEBE, MOXHO IIpeJickas3aTh ee cyap0y (puc. 16-32). B otiiumne ot 3TO0TO, AeJI€HNE KIETOK 3apOABIIIECBOM
JMHUM HE 3alpOrpaMMHPOBAHO CTOJIb JKCCTKO: IIOCIC BBUIYIUICHHS 4YepBsS M3 siilia [BE KICTKH-NPCANICCTBCHHHUIBI MEPBHYHBIX MOJIOBBIX KIETOK
TIPETEPIIEBAIOT HECKOJIBKO AENCHUH, 1aBast Hadano GOJIBIIOMY YHCITy ITOTOMKOB, Cyab0a KOTOPBIX ONMPENENseTCs MON0KEHUEM, 3aHNMAeMbIM MU B TOHA/JIC.

IMonnoe ommcanne reneanorun C. elegans npuOIMKaeT HAC K OTBETY Ha (yHIaMeHTANIbHBINA Bonpoc. HeMartopl, Kak 1 OOJBIIMHCTBO KHBOTHBIX,
COCTOST M3 OTHOCHUTEIBHO OOJIBIIOrO YHCIA KJIETOK, KOTOPHIC MOXXHO OTHECTH BCETO JIMINb K HECKOJBKAM THIAM. 3Has, 4TO KICTKH HMMEIOT pasHOe
TIPOMCXOXKIEHHUE, JIETKO TOANAThCsA COONIa3sHy M OOBACHATH PA3NIM4Us MEXIy HUMH IPOUCXOXKIEHHEM OT Pa3HBIX KJIOHOB; MHBIMH CIIOBAMH, BCE KIIETKH
JIJAHHOTO THUIIA MOTYT OBITh IOTOMKAMH OJHOWH KIIETKM - «OCHOBATEJIbHMIBD M MPEAHA3HAYaThCs JUI Pa3BUTUS IO onpenesieHHoMy IyTH. OjHako
TCHEAJIOTNYECKUil aHAIN3 MOKAa3bIBACT, YTO XOTS HA PAHHMX CTAAWSX PA3BUTHS OTICIbHBIC KICTKH JCTCPMUHHPYIOTCS B Ka4eCTBE MPC/UICCTBCHHUKOB
ONpE/IETIEHHOTO THIIA KJIETOK, TEM HE MEHEe 3TO NpaBWIIO B oOLIEM HE cOOMOaeTcs HU UIs HEMaroj, HM JUl JPYTHMX JKMBOTHEIX. Takum obpasom, y C.
elegans (Kpome KIETOK KHIICYHHKA M TIOJIOBBIX KJIETOK) KJIETKM KaXaoro u3 Ju(dEepeHIMpPOBaHHBIX THIIOB, HANPHUMED KICTKU THIIOJEPMBI, HEPBHBIC,
MBIIICYHBIC W KJICTKH TOHAJ, HPOHUCXOIAT HE OT OJHOM, a OT HEeCKOIbKUX KIETOK-KOCHOBATCIBHUID, KOTOPHIC BO3HHKIH B HE3aBUCHMBIX BETBSX
reHeajornyeckoro gapesa (cM. puc. 16-32). CnemoBarenbHO, KIIETKH, O0JaJalolMe CXOIHBIMM IIPH3HAKaMH, HE 0053aTeIbHO JIOIKHBI OBITH
61m3KopoCTBEeHHBIMHI. HampoTus (X0Ts M peKo), OIM3KOPOACTBEHHBIMH MOTYT OKa3aThCs KIETKH, Pa3IMYarolliecs 110 MHOXECTBY IPU3HAKOB; Tak, y C,
elegans HEKOTOPbIC HEHPOHBI SIBISIOTCS CECTPUHCKUMU MO OTHOLICHHUIO K MBIIICYHBIM KJICTKAM.

CrnenoBarenpHO, Halla 3a/lada COCTOUT B TOM, YTOOBI IOHATH BHYTPEHHNE NPaBHIIa, JICHCTBYIONINE B KaXKI0H U3 BETBEH reHeaJorniecKoro Jpesa,
B COOTBETCTBUM C KOTOPBIMH BO3HHKAET CEPUsl KIICTOYHBIX TUIIOB, TIPEJICTABICHHBIX ONPE/ICICHHBIM YHCIIOM KIIETOK.

16.3.3. I'eHbl, KOHTPO/IMPYIOIIME PA3BUTHE, AeTATU3UPYIOT IPOrPAMMY, YHIPABJIAIOLIYI0 KJICTOYHON reHeanorueiil HeMaTo/
[29]

B mpouecce pa3BuTHs KiIeTka, H0J00HO KOMIIBIOTEPY, COBEPILIACT BEIOOP PA3IUYHBIX BO3MOXKHOCTEH: JETUTHCS WIH HE IEIUTHCS, IPEBPATUTHCS
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Puc. 16-32. PonocnoBHas ki1etok, popmupyronux kumeunuk C. elegans. S0 (68epxy) n300pakeHO B TOM e MaciiTade, 4To U B3pociast 0coOb (8HU3Y).
CretyeT OTMETHTb, YTO KJICTKH KUIIEYHHKA 00pa3yIOT TOJIBKO OJHH KIIOH (KaK ¥ KJICTKHU 3apOABIIICBON JIMHKUH), TOTAA KaK B OOJIBIIMHCTBE APYIHX TKAHEH
KJICTKH MOTYT JaBaTh Ha4aJ0 HECKOIBKUM KIIOHaM.

B HEHPOH WIM B MBILICYHYIO KJIETKY, CTaTh MPEIIIECTBCHHHUICH TON MM TOH BETBH I'€HEAJOTHMYECKOro apeBa. UToObI MOHATH MEXaHW3M TAaKOro BbIOOpa
HE0OXOAUMO MACHTU(HUIUPOBATH COOTBETCTBYIOMINE TeHbL. MyTallMi B 3THX IeHaX OOYyCIIOBIMBAIOT HAPYIICHHE PA3BUTHUs, HO 3TO HE CIUHCTBCHHBIH BH
MyTaluii, IPUBOISINUX K ITOZOOHBIM MOCICACTBHAM. Tak, HEKOTOPBIC MYTALMK )XH3HEHHO BaXKHBIX TCHOB MOTYT YKOPOTHTB)» POJOCIOBHOC APEBO, BHI3BAB
NPEeXKIEBPEMEHHYIO rHOens 3MOproHa. MyTanuy B IeHax, ONPEEIIONHX CHHTE3 CICHUATN3HMPOBAHHBIX OCNIKOB, NMPUBOIAT K TOMY, YTO IIPH BHELIHE
HOPMaJbHOM CTPOCHMM TEJla HEKOTOpble THUMBI AU(PEPCHUNPOBAHHBIX KIETOK OyayT (yHKIMOHMpPOBAaTh aHOMadbHO. B ominmume oT Beex
BBILICIICPCUHCIICHHBIX CITy4acB MyTalM{ TCHOB, 3aTPAarMBAIOIIUX BHIOOP MPOTrPaMM PasBUTHs, MPHBOMAT K HAPYIICHHWIO OOLIEro IUIaHa CTPOCHHS Teia: B
pe3yibTaTte HOpMajibHble AuddepeHunpoBaHHbIe KICTKH OyIyT pacroiarathCs B OpraHH3Me aHOMaibHO. HapylleHue reHeaJorxyeckoro IpeBa MOXKET
BBIPAXAThCS M B MOSABICHUM aHOMAJIBHOTO KOJMYECTBA ONMPEICNICHHBIX KICTOK. Bce mepeunciieHHbIe THIIBI MyTalUil O3BOJISAIOT HACHTU(ULHPOBATH T€HBI,
KOHTpoJIMpYyIouue pa3sutue (puc. 16-33).

MyTanuy HEKOTOPHIX KOHTPOIUPYIONIMX I'eHOB IPUBOAAT K 3aMEHE OJHOTO THUIIA KJICTOK JPYT'MM Ha IIOCIEIHHX dTallaxX pealH3aldH IPOrpaMMBI
pasBuTUs. B aHHBIX Cllydyasx NPOUCXOAUT U3MEHEHUE BHIOOpA, CHCIAHHOrO Ha OoJiee PaHHUX CTAAHAX, TaK YTO OJHA BETBb JPEBA MOJIHOCTHIO 3aMEILACTCS
npyroii. Kak mokaszano Ha puc. 16-34, onpeencHHbIH THIT Pa3BUTHS MOKET BOCHPOU3BOJUTHCS C BBICOKOI 4aCTOTOW HAa HECKOJIBKUX HE3aBHCHMBIX BETBSIX
poxocioBHoOro npesa. Takoif (heHOMEH IpearnonaraeT CyIecTBOBaHNE HEKOM CTaHJapTHOU CXeMBI, pealli3yeMOol B pa3IMYHbIX YCIOBHAX. B memom Bo3HHKaeT
OLIYILEHHUE, YTO KaX/1ast U3 BETBEH IeHEAIOrMYECKOT0 JPeBa KOHTPOIUPYETCS CI0KHONH KOMOMHAIIMEH T'eHOB,
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Puc. 16-33. [IpocToii hparMeHT pOJOCIOBHOM KIETOK U HEKOTOPBIC TUIIBI BAPUALIHI, KOTOPBIC MOTYT IIPOHCXOAUTH BCICACTBHE MyTAllUil TCHOB,
KOHTPOJIUPYIOLINX Pa3BUTHE. AHAIN3 MYTaHTHBIX ()eHOTHIIOB IO3BOJIICT ONPE/ICIUTD B YEM COCTOSLIA HOPMaslbHash (DYHKIMS MyTHPOBABILIKX [CHOB.
bykBeHHbIe 0003HaYeHNUS YKA3BIBAIOT BHYTPCHHEE COCTOSHUE KIICTKH.

MHOTHE U3 KOTOPBIX 33ICHCTBOBAHbI I B KOHTPOJIC JPYTHX BETBCH.

CHCTEMHBIM IIPOrPaMMUICTaM XOPOLIO M3BECTHO, YTO Jake HEOONBIINE H3MEHEHHS IPOTPaMMBI MOTYT CYIECTBEHHO HOBIHATH Ha PE3yIbTaTHl ee
peanusanui. TOYHO TakkKe MyTAlLUs OJHOTO KOHTPOJIHPYIOLIEr0 I'eHa INPUBOJAUT K rpyOOMY HCKaKEHHIO POJOCIOBHOIO ApeBa. DTO MOJIOXKCHHE XOPOIIO
WIUTIOCTPUPYETCS TaK HA3bIBACMBIMHU 2emepOXPOHHbIMU Mymayuamu, B Pe3ybTaTe KOTOPHIX HEKOTOPHIC HAOOPHI KIETOK BEAYT ceOs COTTIACHO IPaBUIIaM,
JEUCTBYIOMUM Ha MHOM 3Talle HOPMaJbHOIO pa3BHTHs. Hampmmep, NodepHss KIeTKa MOXKET BeCTH ceds MOJ00HO MaTepUHCKOH WIH eme Ooliee paHHHM
HPCAIICCTBEHHHUI[AM, a €€ IOTOMKH BOCIIPOM3BOAAT CBOWCTBEHHBIH MM (eHOoTMH M T. J. Takum o00pa3oM, (parMeHT TEHEalOrHYecKOro JpeBa
BOCIIPOU3BOJHUTCS HECKOJIBKO pa3 M Pa3BUTUE BCETO OpraHu3Ma Hapyaercs. J[is oObsicHeHus sToro hpeHomeHa Ha puc. 16-35 npeactaieHsl 3G GEeKTs cepun
MyTauuii resa /in-14. Bmecto Toro 4ro0bI c1exoBaTh HOPMaIbHOMH cXeMe KISTOUHOH AU dhepeHINPOBKH, XapaKTepH3yIOIIeH IT0CIeJOBaTeIbHYIO CMEHyY 1-To,
2-ro, 3-r0 ¥ 4-ro JMYMHOYHBIX BO3PACTOB C IOCIECAYIOIIUM TOPMOXXEHUEM JIEJICHUH, MHOTME KIETKM MYTAHTOB 1O [in-14 BOCHPOU3BOIAT CXEMY,
XapaKTePHYIO I 1-ro JIMYHHOYHOrO BO3PACTa, HPOXOIS MO 5-6 LHUKIOB JIMHBKM U MPOJOJDKAS MPOU3BOJUTE KyTHKYIYy HE3pEIOro Tuma. JIpyrue myrarun
9TOro reHa UMEIOT 00paTHBI (G (EKT, BBIHY /s KIETKH JOCTHIaTh 3PEIOr0 COCTOSHUS MPEKIEBPEMEHHO, YTO COIPOBOXKAACTCS YTPATOH MPOMEXKYTOUHBIX
crajuii. B pesynbrate >KMBOTHOE AOCTHraeT Ae)UMHUTUBHOM CTaguH, 00nagas aHOMAaIbHO MaJbIM KOJIMYECTBOM KJICTOK. Takoe MpexIeBpeMEHHOE Pa3BUTHE
peanusyeTcst y MyTaHTOB, XapaKTePU3yEeMbIX NC(QUIUTOM HOPMAIbHONH aKTHBHOCTH [in-14; 3a/epXKu pa3BUTHS HAOIIOMAIOTCS Yy MYTaHTOB C aHOMAJbHO
BBICOKHM YPOBHEM aKTHBHOCTH JaHHOTO reHa. Taxum oGpa3oM, dddext mponykra reHa /in-/4 cOCTOUT Kak Obl B HOANEP)KAHUM KICTOK B «MOJIOJOM»
COCTOSHUM M, N0 BCEHl BEPOATHOCTH, HOPMAIBHOE Pa3BUTHE IOAPa3yMEBAaeT IIOCTENICHHOE OrPaHMYEHHE CHHTE3a 3TOro IMPOJYKTa MO MEpe B3POCIEHHs
JKUBOTHBIX.
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Puc. 16-34. PojjociioBHBIE CXEMBI, TTOKa3bIBAONINE, KAKUM 00pa30M MYTAlMK F'€HOB, KOHTPOJIMPYIOINX pa3BUTHE (B JaHHOM Cilydae reHa [/in-22), MoryT
TPHUBOIHUTE K OZIMHAKOBBIM 3aMEHAM OJHOTO BAPUAHTA POIOCTOBHON Ha APYTOH B HECKONBKUX Pa3IMYHBIX BETBAX POJOCIOBHOTO ApeBa. [lokazansl muHNN
TOTOMKOB JUISl K&K10H M3 6 KJICTOK-TIPEIIeCTBEHHUII THIIoIepMbl THIuHKY C. elegans, pacrioNoKeHNE 3THUX KIIETOK yKa3aHO BBEPXY Ha PUCYHKE,
n300paxaronieM MOJIOAYO TMYMHKY. KpecTHKaMu OTMEUeHBI Ciydau 3alporpaMMHUPOBAHHOI THOEIH KIIETOK, YTO IPEICTABIISIET COOOH OBOIBHO 00BIYHOE
sIBIICHUE NIpU HopManibHOM passutun C. elegans n npyrux BuzoB. (Y. R. Horvitz et al., Cold Spring Harbor Symp. Quant. Biol., 48, 453 463, 1983.)
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Puc. 16-35. I'erepoxponusle MyTanuu rexa lin-14 y C. elegans 1 UX BO3IeHCTBHE Ha OJHY M3 3aTparuBaeMbIX UMHU POJOCIOBHBIX. MyTanus ¢ morepeit
(yHKIMHK (pereccHBHas) 3TOr0 TeHa IPHBOJIUT K TOMY, YTO KJICTKH HAYMHAIOT JASIUTHCS U TU(P(EpeHIIMPOBATLCS TaK XKe, KaK y JIMYMHOK Ha MO3JHUX CTaaUsIX
Pa3BUTHS; MyTaIlMU C BOCCTAaHOBJICHUEM (YHKIMH (IOMHHAHTHBIE) 3TOT0 reHa obsanarot oopatHeM 3¢ dexTom. Kpectrkamu oTMeUYeHbI ciydan
3anporpaMMupoBaHHoO#M rubenn kierok. (V. Ambros, H. R. Horvitz, Science, 226, 409-416, 1984.)

16.3.4. Ilporpamma quddepeHIPOBKHU COIIACOBAHA ¢ IPOrPaAMMOIil K1eTOUYHBIX AeeHuii [30]

M3yuas reTepoXpoHHbIE MyTALllH, UCCICIOBATENN CTOJKHYJIUCH C €Ile OJHOM CI0XHOHM mpobiemoii. /leso B TOM, YTO B IPOIECCEe PAa3BUTHUS MOL
KOHTPOJIEM I'€HOMAa IIPOMCXOAUT YTOYHEHHE HPOrpaMMBI JeJEeHHs KIETOK, a TakKe MPOrpaMMBbl KJIETOUHOH AuddepeHnnpoBKH U 00a ITU NPOSBICHUS
KJICTOYHOTO TOBEACHHUS JOJDKHBI OBITh CHHXPOHHM3HPOBAHBL. Y T'eTEPOXPOHHBIX MYTaHTOB HApyLICHO M AelicHHE, U AU pepeHIHpoBKa. DTO HABOAUT Ha
MBICIIb O PETYJIAIHUN 000HX IIPOLECCOB OJHIM MEXaHH3MOM, IOBPEKICHHBIM BCJICICTBHE MyTAIlUH.

MOKHO IIpeAIONIOXHUTh, YTO POJIb TAKOrO MEXaHH3Ma HIpaeT KIETOYHbIH mukia. OxHako (akTel HEe MOATBEPIKAIOT ITO IIPEAHONIOKCHUE:
1 depeHIMpPOBKa paHHUX SMOPHOHATIBHBIX KJICTOK CIICIYET YCTAHOBICHHON CXEME U IPU UCKYCCTBCHHOM OTPaHHYCHUM KICTOYHBIX JCICHHUHN MO/ BIHSHUCM
XMMHYECKUX BEIIeCTB, MHTHOMpyromux nurokuHed mimu cunTte3 JHK. Knerounele nenmeHust He ciexyeT yHmoqoONATh HepUOAy KoneOaHMH MasTHHKA
OMOXMMHYECKHX YacoB, ONpPENCILIIONINX TEMII Pa3BUTHUS; CKOpee CHTyalus oOpaTHas M MMEHHO OHOXMMHYECKHE Yachl KOHTPOIUPYIOT TEMI KIETOYHBIX
JieJIeHuil ¥ IPOJOHKUTEIBHOCT KIETOYHOTO LUKJIA y MHOXKECTBA BU/IOB )KUBOTHBIX. M3MeHEHHEe XMMHUYECKOIO COCTOSIHHS KIETKU OJAHOBPEMEHHO BIIUSET Ha
IPHHATHE PENICHUI O JeTeHNH KIETOK, a TakKe Ha BpeMs M HampasieHue auddepeHnnpoBky. MoneKynspHble MEXaHH3MbI KOHTPOJIS KJICTOYHBIX JeICHHI B
oMOpHOreHe3e MPaKTHYECKH HE M3YYCHBI W IIPEJCTAaBISIOT COOOH OAHY U3 LEHTPAIBHBIX IPOOJIeM COBPEMEHHOH OHonormu pa3Butus. |'eHeamormyeckue
MYTaHTBI HEMATO/l MOT'YT ChI'paTh KJIIOUEBYIO POJIb B PELIEHUHU 3TOMH MPOOIJIEMBI.

16.3.5. ABTOHOMHOE TOBe/IeHHE KJIEeTOK U MEKKJIETOYHbIe B3aUMO/IeiiCTBUSI B3AaUMOCBSI3aHbI H OINIPEIeJISIIOT XapaKTep
pa3Burtus [31]

IIpomecchl pa3sBHTHS IUIOXO MOANAIOTCS OOBSACHEHHIO B OTCYTCTBHE JAHHBIX O CTEIICHU aBTOHOMHOCTHU IIOBEJCHHS OTJEIBHBIX KIETOK M BKJIAJe
MEXKJIETOYHBIX B3auMoeiicTuil. Haburonast mocnencTBus yaaneHust KIETOK Y HEMaToJ, MOXKHO OLICHUTh BOKHOCTh OOMEHa CHUTHAJIAMH MEXKIY KICTKaMU.
J1i1st 3T0T0 Na3epHblil 1yy GOKYCUPYIOT B IATHBILIKO quameTpoM 0,5 MKkM
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(cpenuuit nuamerp sapa C. elegans COCTaBIISiET OKOJIO 2 MKM) U IOBTOPSIOLIMMUCS HMIIYJIBCAMH paspyIIalOT sApo Kakou-mmbo kietku. Kietka c
Pa3pyIICHHBIM SAPOM MOTHOAET, a OKPYKAIOIIME €€ COCEAHNE KICTKH IPOJIOIDKAIOT pa3BuBaThcs. Hanpammsaercs BEIBOA: GOJIbIIAsk YaCTh KIETOK HEMATO]| B
TEYCHHE JIIMTEIBHOTO EPHO/Ia CBOCTO KU3HEHHOTO LUKJIA CIICAYeT COOCTBEHHBIM IPOrpaMMaM Pa3sBUTHS U HE 3aBUCUT OT CUTHAJIOB COCEJIHUX KIICTOK.

U TeM He MeHEe MEKKICTOYHbBIC CHIHAIbI HrparoT B pasButuu C. elegans ¥ APYrHX )KUBOTHBIX OYCHB BAXKHYIO POJb. XOPOLIMHA IIPUMEP TOMY
NPE/ICTABISICT Pa3BUTHE BIATaJMINA, WIM BYIBBBI, - OTBEPCTUs B rumojepme (koxe) y repMadpoauToB I OTKIAAKM sull. BymbBa pacronaraercst Ha
OproIIHOi cTopoHe Tena U chopMUpoBaHa M3 22 KIIETOK, BOSHUKIIMX M3 TPEX KIECTOK-TPEIIIECTBEHHML] TMIIOAEPMBI 110 0c000i popocinoBHor. OnHa u3
KJICTOK TOHA/Ibl, TAK HAa3bIBACMAs IKOPHAS KIeMKd, TPUKPEIUIICT, WIH «3asKOPUBACT», PACHIOIOKEHHYIO Haj Heil ToHaLy (MaTKy) K pa3BHBAIOLICHCS BYJIbBE
Ju1s GOpPMUPOBAHUS IyTH BBIXOJA SIMII M3 MAaTKH B OKPYIKAIOLIYIO CPefly. Pe3ysbTaThl OMBITOB C pa3pyIICHHEM 3TOH KJICTKH Ja3ePHBIM JIy4OM MOKa3bIBAIOT,
YTO MMEHHO OHA MHIYLHMPYET Pa3sBUTHE BYJIbBBI M3 TpeX OMMKalIINX KICTOK runojepmsl. Ilocie yHHYTOXKEHHUs SIKOPHOH KICTKM M3 3THUX KJIETOK BMECTO
BYJIbBbI BOSHUKAET Y4aCTOK OOBIYHOM runoaepmMsl. TakuMm oOpa3oM, sSKOpHas KieTKa MHAynupyeT nuddepeHuupoBky ByibBel y C. elegans mogoOHO TOMY,
KaK BEreTaTUBHBIC OlacTOMEpbl HHAYLUPYIOT JUPQEPEHIMPOBKY MeE30JEpMbl y pPaHHHX 3MOpPHOHOB Xenopus. Jlnsd 3TOW HMHIYKIMM JOCTaTOYHO
CIMHCTBCHHOI SIKOPHOH KIETKH: HOPMAaJIbHOE Pa3BUTHE BYJbBBI IPOUCXOAUT JaKe NPH YHHYTOKCHHH BCEX KIICTOK TOHAJbI, 33 MCKIIOYEHUEM SIKOPHOM
KJIeTKH (cM. puc. 16-36, 4).
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Puc. 16-36. A. Cxema OKCIEPUMEHTOB, B KOTOPBIX OBLIIO TIOKa3aHO, 4YTO JIsI pa3BUTHUS BYJIbBBI HGOGXOZII/IMO UHAYKTUBHOE BJIUSHUC S{KOpHOﬁ KJIETKH. b.
YBenuyeHHoe I/I306pa)KCHHC HIECTH KJIIETOK I'PYIIIbI SKBUBAJICHTHOCTH BYJIbBBI (HOKaSaHLI B HBeTe) B BeHTpaJ'ILHOﬁ THUIIOACPME U HOpMaJlbHasA pOAOCIOBHAA

HX IIOTOMKOB, IIPHBEACHHAS BHU3Y. Bee 3TH 6 KIIETOK (M TOJIBKO OHH) CIIOCOOHBI pearupoBaTh Ha MHAYLUPYIOIIEe BO3ICHCTBUE BYJIbBbI, HO B HOPME Ha 3TO
BO3JICIiCTBHE PearupyloT TOJIBKO 3 U3 HUX.
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VHAytmpyroImuii CUrHai SIKOPHO# KJICTKH 00ECIeYnBacT IPOCTPAHCTBEHHO COTIACOBAHHOE C PACIOJI0KEHHEM TOHA/bl Pa3BUTHE BYJIBBBI, HO 3Ta
cucTeMa 00aaeT ONpeieIeHHBIM 3aI1acoM I'MOKOCTH. TpH KJIETKH I'MIIOIEpPMBI, B HOPME YYacTBYIOIIME B ()OPMUPOBAHHUHU BYJbBEI, COCEIACTBYIOT C TPEMs
JIPYTHMHU KJICTKaMH, KOTOPBIC TAKXKE CHOCOOHBI BBIIOJIHUTB 3Ty 3a/iady, €CIH OHHU IONAAAIOT IO BIMSHHUC SIKOPHOH KiIeTKH. IIpn yHHUTOXKEHHHU J1a3epHBIM
JIy4OM KJICTOK-IIPEIICCTBEHHUI] BYJIBBBI 3TH COCCIHHEC KJICTKH CBOPAYMBAIOT C IyTH CBOETO HOPMAIBHOTO Pa3BUTHS, BEPOSTHO, B CBSI3M C M3MCHECHHEM
MECTOIOIOKEHUS,, U BMECTO THIOACPMBI (OPMHPYIOT BYIbBY. [lpyrue KISTKH HE CIOCOOHBI pearnpoBaTh Ha HHAYLUPYIOLIMII CHIHAJI M HE MOTYT
y4acTBOBaTh B ()OPMHPOBAHHH BYJIbBBI HU IPH KaKMX OOCTOATENLCTBAX. MBI MOXKEM BBECTH HOHSTHE IPYNIbI IKBHBAJIEHTHOCTH, IPUMEPOM KOTOPOil Ha
mozaenu C. elegans (puc. 16-36, b) MOTyT CIIy>KUTh TPU HOPMAIIbHBIE KJICTKU-TIPEALICCTBEHHHUIIBI BYJIbBBI M TPH COCEIHUE KICTKH, KOTOPBIE MHIYLIMPYIOTCS
CXOIHBIM 00pa3oM, IOCKOJBbKY 9TH KJIETKH ()YHKIMOHAJIBHO B3aMMO3aMeHseMbl. Bce yU4acTHHUKM IPYINIbI 9KBHBAJCHTHOCTH OTJIMYAIOTCS OT OKPYIXKAIOIIUX
KJICTOK TEM, 4YTO OHM XapaKTCPU3YIOTCS WMHON INpeAbICTOpHEH pa3BuTHsi. VIMEHHO 3TO OOCTOATEIBCTBO OOCCIEYMBACT TAKMM KIICTKAM YHHKAIBHYIO
BO3MOXKHOCTH PEarupoBaTh Ha HHAYLMPYHOIIHi curHain. KieTku 3To# rpymnms! npHoOpETAOT pasiuyust MO BO3ACHCTBHEM HHAYLMPYIOIIETO CUrHATA. 31eCh
MBI IMEEM JIeJI0 ¢ 0COOBIM HPHMEPOM TOr0, KaK KJIETOYHAs IPOrpaMMa Pa3BHTHS 3aBHCHT OT B3aHMMOJCHCTBYS KJICTOYHOM MaMATH (aBTOHOMHOT'O CBOWCTBA
KJIETOK) U CUTHAJIOB, MOCTYMAIOIIUX OT APYTUX KJIETOK (BHELIHUH KOHTPOJIB).

16.3.6. DxcriepuMeHThI NO3BOJISAIOT YTOYHUTD POJIb T€HOB, KOHTPOJIUPYIOLIUX pa3BuTHe [32]

OKCIIepUMEHTHI, OIMCAHHEIE B IIPEABITYIIEM pa3Jielie, IOMOraloT HHTePIPETHPOBATh JaHHbIe TeHETHYEeCKHUX HCCIenoBaHui. Myranuu siro6oro u3 5
Pa3INYHBIX FEHOB MOTYT IPUBOAUTE K 00pa3oBaHuIo (GeHoTua multivulva, e Bce 6 KIETOK IPYIIIbl SKBUBAJIEHTHOCTH BCTYIAIOT HA IyTh Pa3BUTHUS BYJIBBBI
U BMECTO 22 KJIETOK BYJIbBbI BO3HHMKAIOT 48 KIETOK M, KaK PE3yJbTaT, HECKOJIbKO BYJIbB. ¥ 3THX MYTaHTOB BCe 6 KIETOK BEIyT ceOs, KaK eciau Obl OHU
3aCTBUIH B COCTOSIHUM aKTHBAI[MU SKOPHOI KJICTKOH M pa3pylleHHe MOCIeIHEeH He M3MEHSeT XOJ Pa3BHTHS BYIbBBL B naHHOM ciydae, BEpOSTHO, MyTalluH
3aTParuBaloT I'eHbl, KOTOPbIC B HOPME JCHCTBYIOT B KJIETKaX IPYIIIbI SKBHBAICHTHOCTH BYJIBBBI, OLPEIEIS UX OTBET HAa CHIHAJ SKOPHOH KiIeTKH. MyTaunu
JIpyroro HeOoJIbIIOro Habopa reHOB MPUBOAAT K 00pPa30BaHUIO MHOTO, IPOTHUBOIIOJIOXKHOTO (eHoTuna (vulvaless). U 31eck, 1o Bcell BEpOSATHOCTH, MEHACTCS
CIIOCOOHOCTH KJIETOK I'PYIIIEI SKBUBAIICHTHOCTU PEarupoBaTh Ha HHIYKIHUIO.

Myrauuu resa /in-12 (BbI3bIBaIoLIero o0pa3oBaHHE HECKOIBKHX BYJIBB) OKA3bIBAIOT IUICHOTPOIHOE JEHCTBHE: OHHM MOTYT O0YyCIIOBIMBATEH JIMOO
OTCYTCTBHE, JINOO yJBOCHHME SKOPHOH KIETKH, MEHsA TaKMM 00pa3oM paclpeleieHHue HHAYIHPYIOIIEro CHUTHAla M IpaBHja, COINIACHO KOTOPBIM KIIETKH
TPYIIIB SKBHBAICHTHOCTH BYJIBBBI PEarUPYIOT HA CUrHa)I. MyTanuu reHa /in-12 BO3JSHCTBYIOT ¥ Ha HHBIC IPYIIIIBI 9KBHBAJICHTHOCTH, YTO HABOJUT Ha MBICIIb
0 HeKoeM 0O0IeM 3HaYeHHH IreHa /in-/2 B MEXKKICTOYHBIX B3aUMOIECHCTBHUSIX, IIOCPEICTBOM KOTOPBIX KIETKH KAKOH-THOO OJHOW IPYHIIBI 9KBHBAJICHTHOCTH
HAIPAaBJIAIOTCS 10 Pa3IMYHBIM IyTAM pa3BuTus. bbuia ompezeneHa mociaen0BaTeNIbHOCTh HyKJICOTHIOB reHa /in-/2 M OKa3aaoch, YTO OENOK, KOAUPYEMBIH
STUM T€HOM 00JIaJaeT FOMOJOTHEH ¢ CeMEHCTBOM OENKOB, KOTOpHIC, KaK IOJAraroT, IPUHUMAIOT yJacTHE B MEXKKICTOUYHOM OOLICHUH y IO3BOHOYHBIX H
HaceKoMbIX (cM. pasx. 12.3.12). K atomy cemelicTBY oTHOcsATCs (hakTop pocTa smuaepmuca y miekonuraiommx (PPD), HexoTopble MOBEPXHOCTHBIE
PELENTOPHI KIETOK MIEKO-
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MUTAIONIMX, TAKWE, KAaK PELEeNnTOop JIUIONpoTerHOB Hu3KoM motHoctu (JIHIT) (cm. pasn. 6.5.8), u mpoxykr rena Notch, coneicTByrommid BHIOOPY IyTH
Pa3BUTHSL DKTOACPMBI Y Ipo3oduibl: anddepeHunpoBka HEpBHOH TKaHW WK JupdepeHpoBka snuaepMuca. Takue HaXOAKH Jal0T OCHOBaHHUE I10JaraTh,
YTO MOJIEKYJISIPHBIC YPOKH, YCBOCHHBIC IIPH U3Y4YCHUU PA3BUTHS HEMATO, MOTYT HAWTH PUMCHEHHE IIPU U3YYCHUM PA3BUTUS. MHOTHX JPYTHX BUJIOB.

16.3.7. llporpammy pa3BUTHSI HHAMBUIYAIbHBIX KJIETOK MJIEKONUTAOIIMX MOKHO AHAJTU3UPOBATH B KJIETOYHOIH
KyJbType: 1uddepeHIHpPOBKa IIHAIbHBIX 3J1EMEHTOB 3PUTEILHOI0 HepBa Kpbichl [33]

CaMblif IpsIMOi cI0CO0 OTINYNTH aBTOHOMHOE IOBEJCHHE KICTKH OT €€ HOBEACHUS I10]] KOHTPOJIEM MEKKICTOUHBIX B3aUMOJCHCTBHII COCTOHT B
U3y4YEHUH TOTO, KaK MEePEMEILCHNE KIICTOK B IPYroii y4acTOK Teja WM MX BBIACICHUE C LIE/IbI0 HCKYCCTBCHHOTO H3MEHEHUS Cpe/ibl OOUTaHMS CKa3bIBACTCS HA
UX TOBEACHUU. DTH BOMPOCHI TPYAHO Hoinarotcs usydeHuio y C. elegans, MOCKOIBKY PaspyLICHHE KJIETOK JA3ePHBIM JIy4OM HE MO3BOJSIET PEIIUTH 3Ty
3amady. OrcyrcTBHe MHAOPMAIMU O MEXKJICTOUYHBIX B3aHMOJCHCTBHSAX B IPOIECCe Pa3BHTHSA ITOH HEMATOABI OCIOXKHSET M3ydeHHe 0a30BBIX IPOTrpaMM
KJICTOYHOTO KOHTPOJs, HaKE HECMOTPS HAa XOPOIIO H3Y4YCHHYIO POJOCIOBHYIO BCEX KIETOK M XapaKTepPUCTUKY MHOTHX MYTAaHTOB IO TICHaM,
KOHTposMpyomuM passutie. Cpeay, B KOTOPOH HAaXOAWTCS KIJIETKA, MPOIIEC H3MEHSTH B KyJIbType. 31€Ch IOSBISCTCS BO3MOXHOCTH HEIOCPEACTBEHHOTO
aHaJIM3a KaK IPorpaMM, KOHTPOJHPYIOIINX IIOBEJCHHE KIETKHM, TaK M MEXKKICTOUHBIX B3aUMOJCHCTBHI, yNpaBISIOIMX KICTOUYHBIMH JEICHHUSIMH H
¢ hepeHIIPOBKON B IIpoLiecce Pa3BUTHsI HEKOTOPBIX YacTe Tea NO3BOHOYHBIX.

3pUTENbHEI HEPB SBISICTCS OAHAM M3 IPOCTCHIINX SJIEMEHTOB LEHTPAIBHOI HEPBHOI CHCTEMBI MIICKONMTAIOMIMX M IIMPOKO M3BECTCH, KaK
MOZIeNIbHAsT CHCTeMa I TakuxX uccienoBaHuil. OH CONEPXKUT JUIMHHBIC aKCOHBI HEPBHBIX KIIETOK CETYAaTKH, HANpPaBILIIOIIUXCS OT Ijla3a K MO3TY.
CTpyKTypHYIO H ()yHKIHMOHAJIBHYIO OIIOPY AKCOHOB B HEPBaxX 00ECHEUYMBAIOT TPU THUIIA IIIMAIBHBIX KJIETOK (cM. pasa. 19.1.6): onuroseHAPOLUTE! U 1Ba THIIA
ACTPOILIUTOB, U3BECTHBIX MPOCTO KaK acTpouuThl THIOB 1 u 2 (puc. 16-37). Bee Tpu THna IMaNbHBIX KIETOK Pa3sIMyaroT ¢ MOMOLIBIO aHTUTEN; C OMOILBIO
TaKOTO )K€ METOo/a pa3iIHYaloT IHalbHble KICTKH W KICTKU-NPEINIeCTBEeHHUNEL. [IpM HCClleOBaHHM KIICTOK, BBIICICHHBIX W3 3PUTENBHOrO HEpBa Ha
Pa3IMYHBIX CTaJMsAX PAa3BUTHSA U MOMEIICHHBIX B KYJIBTYpYy, ObUIO MOKa3aHO, YTO TPU THIIA INIMAIBHBIX KIETOK (KOTOpBIC B HOPME IENATCS PEIKO, SCIU
BOOOIIE ACTATCS) BOSHUKAIOT B PA3IMYHOE BPEMs M MPOMCXOAT U3 IBYX BETBEil TCHEAIOTHYECKOT0 ApeBa. Acmpoyumsl muna | BOSHUKAIOT 4O POXKICHUS U3
KJICTOK-TIPE/IIICCTBEHHUI] OJHOTO THIA, A O1U200eHOpOYumsl W acmpoyumst muna 2 0Opa3yloTCs TIOCIe POXACHHA U3 JPYroro THIA KIIETOK-
NPE/IIIECTBEHHUL], UMEHYEMBIX «KIemKu-npeowecmeennuyst 024».
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Puc. 16-37. 3putenbHblil HEPB KPHICHI COAEPKUT aKCOHBI HEMPOHOB ceTYaTKH (YKa3aHa TOJBKO OJIHA TaKasi KJIETKa) U 3 THIA INIMAJbHBIX KIETOK. Acmpoyumol
muna 1 06ecIeunBalOT CTPYKTYPHYIO OIIOPY HepBa, BBIIOIHSIS POIb, aHAJIOTUYHYIO POJIH KJICTOK COSAUHUTENBHON TKaHH B KOHEYHOCTH. O1ucooenopoyumol
U acmpoyumsl muna 2 BMECTE y4aCTBYIOT B 00pa30BaHUM 000JOYKN BOKPYT Ka)KJJOr0 aKCOHA: OJIUTOJCHPOLUTEl 00BOPAYHBAIOTCS BOKPYT aKCOHA,
hopmupys U30IMPYOMKIT MUSTHHOBBIH ci10# (cM. pa3a. 19.2.11), a acTpouuTsl THIA 2 BHITYCKAIOT TOHKUE OTPOCTKU, KOHTAKTUPYIOIIUE C aKCOHAMH B
MecTax, IJie MUeIHHOBasi 000JI0UKa IpephIBaeTcs, 00pasys mepexsaT PanBbe. HepBHEIN HMITYIIbC 1I0 Mepe MPOXOXKICHHS [0 aKCOHY PacIpPOCTPaHAETCS OT
ozHoro nepexsara PauBbe k apyromy (cM. pazna. 19.2.4).
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OnUroeHAPOLHUTH B HOPME BO3HHKAIOT B MOMEHT POJK/ICHHUSI, QCTPOLIUTHI TUIA 2 Yepe3 HEJEIIO TI0CIIC POXKICHHUSL.

Ilocne BbIICHEHUS] POJOCIOBHON TUX KIETOK M BPEMEHH HMX IOSIBJICHHUS YCHJIMS MCCIefoBaTeleil ObUIH CKOHIIEHTPHPOBAHBI Ha BOIPOCE O TOM,
KaKMMH [PaBUIAMH PYKOBOJCTBYIOTCS KJICTKM B CBOEM HoBejcHHH. Hampumep, 4To BbIHYXAaeT Au((epeHIHpoBaThCs KICTKH-peuecTBeHHULB 02A 1
o4yeMy, eciu oHu AU(GEPEHIHPYIOTCS B OHO BPEMs, TO CTAHOBSTCS OJIUTOJACHAPOLMTAMH, & CCIIH B APYroe, TO aCTPOLUTaMu THia 2?7 B kaKkoil cTeneHu 3TH
COOBITHS YIPABIISIOTCS HEKUM COOCTBEHHBIM aBTOHOMHBIM YaCOBBIM MEXaHH3MOM KJICTKH M B KaKoi cTeneHu IudepeHIrpoBKa 3aBUCUT OT IOCTYIUICHUS B
OIpE/Ie/ICHHOE BPEeMs BHELIIHUX CHIHAJIOB?

Ecnu 13 5MOpHOHAIBHOTO 3PUTEIBHOTO HEPBA BBIACIMTH KICTKHU-NpeauecTBeHHULBI 02A U Ky/IbTHBHPOBATH B OTCYTCTBHE aCTPOLMTOB THIA 1,
KOTOpBIE B HOPME SIBIISIIOTCS coces MU KiteTok 02A, To ki1eTkn 02A NpeKparaoT ASIUTHCS U JOCPOYHO HAYMHAIOT AU(depeHINpPOBATHCS; IPH HOMEIICHHH B
9Ty )K€ KyJbTYpy acTpouutoB Tuna 1 xinetku 02A mpekpainaroT aeieHne, i ux JudGpepeHIrpoBKa 3a1ep)KUBACTCS 10 CPOKA, COOTBETCTBYIOMIETO in VIVO AHIO
poxaenns. Okaszanock, 4TO [ACHCTBHE acTPOLMTOB THIA | CBA3aHO C CEKpeTHPyeMbIM MMM (akTopoM pocra. [lomararor, 4to 3TOT (pakTOp pocrta
COOTBETCTBYET mpomboyumapnomy ¢paxmopy pocma (T®P, uin PDGF-platelet-derived growth factor; cm. pasnx. 13.3.4). IlpucyrcTBue Takoro ¢akropa
IOPHBOJMT K MPEJOTBPAICHHIO IIPEXAeBpeMeHHON nu(depeHIHPOBKH KIeTOK-NpeamecTBeHHUI 02A; 0JHAKO MOBBIIIEHHE KOHIEHTPAIHU 3TOro (BaKkTopa He
3arsruBaeT NUQGQEepeHINPOBKY MO CPaBHEHUIO ¢ HOpMOW. BeposTHo, kierku-mnpenmectBeHHUl] 02A 3MOPHOHAIBHOTO 3PHTEIILHOTO HEpBa CIIE paHbLIC
IPHHUMAIOT OIPEAENICHHYIO IIPOrpaMMy Pa3BUTHS, COITIACHO KOTOPOH 10 MCTCUEHHHU OIPEEICHHOTO BPEMEHH MU Yepe3 OIPEIeNCHHOE YHCIIO KIETOUHBIX
JICIICHUIl KJICTKU TEPSIOT 4yBCTBUTEIBHOCTh K (DakTOpy pocta U An(GHepeHUUpYIOTCs HE3aBUCUMO OT ero Haianuus. OTAeIbHbIC KICTKHU-NPEAIICCTBCHHHIbI
02A npUHEMAIOT TaKyIO IPOrpaMMy B Pa3HOE BPEMs M MEPBBIC U3 HUX B HOPME HAYMHAIOT AU (HepeHIPOBATECS B MOMEHT POXKICHHS.

UYeM jxe onpeensieTcss KOHKPETHOE HalpapIeHne Tud(epeHInpOBKY KISTKU B OJIMTOJACHAPOLNT WK B acTponut tumna 2? Kierku 02A B KynbType,
Pa3BUBAsCH B YCIOBHAX OECCHIBOPOTOYHON Cpeibl, AM(PHEPEHINPYIOTCS TONBKO B OJMMIOACHAPOLUTHI: JUISl HUX 3TO KOHCMUMYMUEHbII TIYTh PA3BUTHS HIU B
TepMHUHAX HHOOPMATHKU pazgumue «no yMonyanuioy. B IpoTHBOIONI0KHOCT 3TOMY, An(hepeHINPOBKA aCTPOLIUTOB THIIA 2 BBINILIANT, KAK UHOYYUPYEMbIL
nymov pazeumus; KISTKU HAYUHAIOT Takylo AU(dEpeHIUPOBKY MO JeUCTBHEM CrenU(UIecKoro Oelka, KOTOPhI MOXKHO BBIICIHTH U3 3PUTEIHHOIO HepBa
KpBICHL. B 3HAaUMTENBHBIX KOJMYECTBAX ITOT OCIOK CHHTE3UPYETCS CO BTOPOH HEIENH Pa3BUTHS, T.e. MMCHHO TOIZa, KOrJa HaunHaeTcs audpdepeHipoBKa
actpouuToB Tuma 2. Oka3anoch, 4TO 3TOT Oenok uiaeHTH4eH Qaktopy pocra HepBoB (PPH, mnu CNTF-ciliary neurotrophic factor). Oto mosBomser
IPEONI0XKUTE, 4To Bpems cunresa ®PH onpenemnsier Bpems nuddepeHIMPOBKHE acTpOLUTOB THIIA 2 B pa3BUBaIoleMcs HepBe. Jlo CHX IOp HEesICHO, Kakue
MUMEHHO KJIETKH cuHTe3upyioT ®PH in vivo u kakue (akTopbl KOHTPOIHPYIOT TOYHOE BPEMs Hadaja €ro CHHTE3a, OJHAKO U3BECTHO, YTO B KyJIbTYPE 3TOT
(hakTOp MOTYT CHHTE3HPOBATh ACTPOLIMTHI THIIA 1.

JlaHHBIE STHX HCCICJOBAHHI eIle pa3 IOATBEPIKIAIOT IIPEAIONOKCHHE O TOM, YTO pPa3BHTHE KJIETOK IPEJCTaBIseT COOOH pe3yibrar
B3aUMOJICHCTBUS ABTOHOMHBIX IIPOLIECCOB M MOBEICHUS, KOHTPOIMPYEMOT0 CUTHAIAMU OKPY’KalOLeH cpeabl. 3/1ech ObUIN MOKa3aHbI IPEUMYIIECTBA METOA
KYJIBTYDPBI KJICTOK ISl M3yYCHHSI MOJICKYJSIPHBIX OCHOB 9THX MPOLECCOB. MOMKHO MOMBITATHECS CyMMHPOBAaTh TH HAXOAKH B CXEME ITOTOKA MH(OPMALHH,
KOTOpast, B TEPMHUHAX HH(POPMATUKH, IIPEJICTABISCT COO0H BHYTPEHHIOIO
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Puc. 16-38. Cxema, B KOTOPO#i yIPOLIEHHAS MOJICIIb IPOrPAMMbl MEXKXKJICTOYHOT'O KOHTPOJISI IPE/ICTAaBIICHA B BUIE IIPOrPaMMbl KOMITbIOTEpa. BeposiTHo, 3Ta
[pPOrpamMMa y4acTBYeT B PEryJISILUH KJISTOYHBIX ACNCHUH U T} (HEepEeHIHPOBKH Y KICTOK-TIPEALICCTBEHHHUL] OJINTOACHAPOLUTOB U acTpouuToB Tuma 2 (02A) B
Pa3BUBAIOIIEMCS 3pPUTEIHFHOM HepBe MiteKonuTaonmx. [lnpokue cTpeki n300paxaloT «BXOA-BBIXOI» JaHHBIX, T. €. BHCKJIETOYHbBIC CUTHAIIBI TPUHAMAEMbIC
WM UCITyCKaeMbIe KIICTKOM. HeroHble Witk mpeanonaraeMple Y4acTKU 3TOM CXEMbI yKa3aHbl IPEPhIBUCTHIMY JIMHUSIMHE; COOTBETCTBYOLIAs IMPOKAsl CTPEIIKa,

YKa3bIBaIOIasl HAJICBO, IEMOHCTPHPYET BO3MOXKHOCTb OOPATHO# CBSA3M OT KieToK-npearecTBeHHUI 02A, KoTopast Moriia Obl CONEHCTBOBATh PErYIUPOBKE
CHTHAJIOB, TIOCTYMAOUIUX OT KJIETOK-NPEAIIECTBEHHUI aCTPOUUTOB THIa 1. CUUTAIOT, YTO KJICTKU-NIPEANISCTBEHHUIIBI 02A NOCTOSIHHO BO30OHOBIISIOTCS B
YCIOBUSIX in VivO, HAYMHAsI IPUMEPHO C OCIISTHEH HelelH Iepe]] pOXKICHUEM (He OKa3aHo).

IporpaMMy KiIeTok-npeamecTBeHHHUI 02A, T.e. HaOOp MPaBHUII, COIMACHO KOTOPHIM KIETKH IPOYUTHIBAIOT CHIHAIIBI OKPYXKAIOLIEH cpebl 1 BEIOUPAIOT BPEeMsI
u Mecto nudpdepenmupoBku (puc. 16-38). Takas mHpOpManUs 0 MOBEAEHHH OTACIBHBIX KIETOK OCOOCHHO Ba)KHA, €CIIU MBI JICHCTBHTEIHHO ITBITACMCS
pazobparhbcsi B 3aKOHOMEPHOCTSAX SMOPHOHANBHOIO pa3BUTHS. MBI IOKa HE B COCTOSHHMU JaTh OTBET Ha (DyHIAMEHTAIBHBIA BOIPOC, KaKMM 00pazoM
BO3HHKAET IPOCTPAHCTBEHHOE PacHpeeleHue MHOXKECTBA KIETOK BO BCEM OpraHHU3Me, HO K 3TOif IpobieMe MBI BEpHEMCSI B CIIEIYIONIEM pasziele.

3akioueHune

Jna nonumanus npoepamm pazeumus UHOUGUOYANbHLIX KIEMOK IMOPUOHA He0DX00UMO NpOCiedumdb ux UCHOPUIO, NPOBEOs AHANU3 KIeMOYHOU
podocnosrou. s eeneanozuu NO360HOYHBIX XAPAKMEPHA CIy4auHas usmenyusocmsv. Ho y onpedeneHHbIX HeMamoo u HeKOMOpLIX Opy2ux epynn
0ecno380HOUHBIX CXeMa KIeMOYHbIX OeleHUull 6 npoyecce pa3gumMus KOHMPOIUPYEMCs HACHONbKO MOYHO U HACMOIbKO NPeocKazyemo, 4mo KiemKu,
3aHUMarOWUe 6 mene JICUBOMHO20 OnpedeNeHHoe NON0NCeHUe, Y 6cex 0cobell OaHH020 6U0a PA3EUEAIOMCS NO 0OHOMY U mMoMy dce nymu. Bvina npocrescena
HOpMmanbHas cyovba ecex kiemox Hemamoow: Caenorhabditis elegans ¢ meuenue 6ceco nepuoda paseumus u usyyenvl nociedcCmeus: IKCREPUMEHMANLHOLO
6030€liCmeUsl HA YPOBHe UHOUBUOYATbHBIX UOeHMUpUYUpyemvlx Kiemox. Moenmu@uyuposansl MHoOzue 2eHbl, Onpedenawue pearu3ayuro npocpammsl,
KOHmpoOaupyrowell pazgumue Kiemox. /s smozo 6binu usyyensl UsMeHeHUs K1emoyHslx pOOOCI06HbIX, B03HUKAIOUWUE BCIEOCMBUE MyMAYULU OaHHbIX 2eH06. B
00WeM MOHCHO OMMemumy, YMo Mymayuu 2eH08, KOHMPOIUPYIOWUX paseumiue, KOOPOUHUPOBAHHO GIUAIOM HA OUGpepeHyuposKy u oenenue Kiemox. Imu
HabI00eHUs NO360AION NPEONOLONCUNb, YMO KOHMPOIb YKA3AHHBIX KIEMOYHbIX NPOYECccos 00ecneytsaemcs Hekum oowum 6azoesim me-
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xanusmom. Ilpu paspywenuu Kiemox 1azepHublM 1y4oM ObLIO 6blAeneHo, umo nocmosncmeo paseumus C. elegans sensemcs pe3ynomamom moyHOU
B3AUMOCEA3U MENHCKNEMOUHBIX 63AUMOOCIICMBULL U ABMOHOMHBIX NPOYECCOs, PeanusyeMvix 6 omoenbhvlx Kiemkax. Hanpumep, nabniooas 3a npoyeccom
PAa3sumus  GylbEbl, MOJICHO YCMAHOGUMb UHOYKYUOHHBIE G3AUMOOCUCMBUs, KOmOopble MO2Yym Oblmb C6A3aHbI C OelicmeueM OnpeoeleHHblX 2eHO8,
KOHMPOIUPYIOWUX pa3sumie.

Jpyaum memooom ananusa npoepamm, KOHMpOIUPYIOWUX paseumue UHOUBUOYATbHbIX KIeNOK, AGNACMCA U3yuernue nogedeHus KIenmokK 6 Kyabimype.
Omom nooxo0 6Gbll UCNONBL30BAH C YeENbIO BbIAGUMb NPABUILA, ONpedeNiowie KIemOUHyI0 OUpGepeHyuposky u Oenenue 8 npoyecce pasgumus 2nuUaibHbIX
KIemoK 3pumenbHo20 Hepea MaeKonumarnwux. 30eco 6bL10 NOIY4eHo ewe 00HO noomeepicoenue mo2o, ¥mo nosedeHue KIemox pezyiupyemcs e moabko
MEDICKIeMOYHBIMU CUSHATIAMU, HO U A8MOHOMHBIMU NPOZPAMMAMU PAZEUMUSL OMOETbHBIX KIENOK.

16.4. IlpnanMnbI 00pa3oBaHus NPOCTPAHCTBEHHBIX CTPYKTYP [34]

Paznuynble opraHbl )KMBOTHOIO BO3HUKAIOT HE U3 XAOTMYECKOTO CKOIUICHHS KJIETOK; NMPOCTPAHCTBEHHAS OPraHU3allis Pa3HBIX THUIIOB KIETOK
UCXOIHO MpeAonpeaeineHa. B3auMoaecTBus, KOOPAMHUPYIOIIME MPOLECC CTAHOBJEHHS MPOCTPAHCTBEHHOH OPraHW3alMM, MOTYT OBITh YPE3BBIYAHO
pa3sHooOpa3HbIMH. B HEKOTOpPBIX Cilydasx, HallpUMEp B MO3aWYHBIX SHIAX, IPOCTPAHCTBEHHAs] OPraHMU3alMs MOKET OBbITh 3aJI0)KEHA B OJHOW KIIETKE, W
BO3HHKAIOLIEEe BHYTPHKICTOYHOE PACHpECICHNE UTOIIA3MATHICCKUX AETEPMHHAHTOB BOCIIPOM3BOAUTCS B PACIIOIOKEHHN JOYEPHHUX KIETOK SMOpuoHa. B
NIPYTUX Cly4asX, HalpuMep NpH HHAYKIUH ME30/epMbl y Xenopus WIM BYJIbBBI Yy HEMATOH, OIpENENCHHas CTPYKTypa BO3HHKAeT KaK pe3ysbTar
B3aUMOJICHCTBHSL OTICIbHBIX KiIETOK. ClenoBarelibHO, B (DOPMUPOBAHMH IPOCTPAHCTBCHHOH OpraHM3alliM BaKHAs POJb IPHHAJICKUT BCEM BHAAM
IPOCTPAHCTBEHHBIX CHI'HAJIOB, KaK BHYTPUKJIECTOYHBIX, TAK W MEKKICTOUHBIX. MOXHO CKa3aTh, YTO 3TH CHUTHAIBI 00SCHEUYMBAIOT KICTKU NMO3HIIHOHHOIM
HHpoOpManHeii, HANPaBIAA UX AATbHEHIIYIO CIICIIHATH3ALIHUIO.

B sTOM pazzgene Mbl paCCMOTPUM PA3JIMYHBIC ITyTH CO3JAHUS U MCIOJIb30BaHHS TIO3MLUOHHON HH(POPMAIMH. 31ECh JKE MBI YBHIMM, KaK B IIPOLIECCE
Pa3BUTHS. MHOTMX OPTaHU3MOB HPOMCXOIMT NMPUOOPETECHUE OTACIBHBIMH KICTKAMU TOYHBIX MOJICKYJSIPHBIX «aJPECOB» WIIH NO3UYUOHHBIX 3Hayenul. Tak,
KJIETKA PAaHHET0 3MOPHOHA MOXKET «3HATh)» CPAaBHUTEIBHO HEMHOTO, HAIPUMED, HACKOJIBKO OJIM3KO OHA PACIIONIOKEHA MO OTHOLICHHUIO K TOJIOBE HJIM K XBOCTY.
Uro ke KacaeTcsi ee IOTOMKOB, CYIIECTBYIOIIUX B TEJI€ B3POCIOro KHBOTHOTO, TO MHOTHE KJIETOYHBIC MOKOJIEHHS CITyCTsI OHH MOTYT «3HATh» O TOM, YTO
SIBJISFOTCS KOCTHBIMH KJIETKAMHM, PAcIONIOKEHHBIMU Ha KOHILIE TPEThEro CyCTaBa lepeiHel KOHeUHOCTH. Takas crienuanu3anus BbICTPAauBaeTCsl OCTENEHHO 3a
CYeT MEXaHHW3MOB, OCHOBAaHHBIX Ha KJICTOYHOH NaMsITH: PaHHHE NPOCTPAHCTBEHHBIC CHTHAJIBI JIMIIL JOBOJIBHO NPHUOIM3UTEIBHO ONPEACISAIOT 00Lme
KOOpJIMHATBI, @ MOCJIEAYIOUINE CUTHAIIBI MECTHOTO 3HAYCHHs 00ECICYMBAIOT KIICTKU JOMOJHUTEIBHBIME YTOYHCHUSAMH a/Ipeca, MPUBSI3aHHBIMU K MECTHBIM
KOOpJIMHATaM.

16.4.1. AcummeTpusi, onpeesisieMasi IPOCTPAHCTBEHHOW OpraHu3anueii cpeabl, MOXKET HAPACTATh 32 CYET MOJIOKUTETbHOI
o0paTHo¥i cBs3u [34, 35]

(I)OpMI/IpoBaHHe HpOCTpaHCTBeHHOﬁ Opranusaliiyi HAYUHACTCs C CO3AaHUsl aCUMMETPUH: 6yz[yma;{ TOJIOBA JOJIKHA OTJIHYAThCA OT XBOCTa, CITMHA OT
JKUBOTA. MBI YK€ BUACIIH, UTO Y KUBOTHBIX GOJIBIINHCTBA BHIOB ﬁﬁHeKHeTKH
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Puc. 16-39. KoHTpoJ1b MOJAPHOCTH stifIa Ip030(HIBI CO CTOPOHBI CPEIbI, OKPYIKAIOLICH OOLUT B IMYHUKE. B HOpMe muTaronmme KIeTKH HOCTABISIOT
3ar1acacMbIe BEIECTBA HA OMH U3 MOJIIOCOB OOLHTA, KOTOPBIil COOTBETCTBYET OymyIuei roaose. Y MmytaHToB Dicephalic 0OLHUT PacIIONI0KEH B LICHTPE
(ommKya ¥ CHMMETPHYCH 110 OTHOIICHUIO K ITUTAIOIINM KIeTKaM. BeeicTBie 9TOro Bo3HUKaeT CHMMETPHYHOE STHII0, Jaroliee Hayaio SMOPHOHY C

TOJ0BaMH Ha 000MX KOHIIAX.

acHMMeETpHYHBL (CM. pa3z. 16.2.2). AcuMMeTpHs 3a4acTyl0 BOSHHKAET B SHIEKJICTKE B IIPOLECCE €¢ Pa3BHTHS B SIMYHHKE. Y HACEKOMBIX, HallpHUMeEp, OOLUT
(Oymymiast siflieKIeTKa) pacooKeH B OHOM M3 KOHIIOB (DOJUIMKYIIA, T/I€ OJJHOI CTOPOHON OH CONPHKACAETCS C MUTAIOMUMH KJICTKAMH, MEPeJAIMUMH eMy
3aracacMble BEIECTBA 110 LHUTOIIa3MAaTUYECKUM MOCTHKaM (cM. pasz. 15.3.4). Ilo Bceil BEpOATHOCTH, aCHMMETPHYECKOE MOCTYIJICHHE 3allaCaeMbIX BEIIECTB
B OOIMT CO3/IaeT XUMUUECKHE PA3INIUs MEKTY Pa3sHbIMU yYacTKaMU LUTOILIA3MBI sIiflla, KOTOPBIE COOTBETCTBYIOT B OyIyIeM rOJIOBE H XBOCTY SMOpHOHA
(cm. puc. 16-39).

VIcx0mHO acMMMETpHUsi MOXXET OBITh HE CIIMIIKOM BBIPA)KEHA: Jajee KICTKH BOCIIONB3YIOTCSI CBOMMU COOCTBCHHBIMH BHYTPCHHUMH MCXaHH3MaMU
UL yCUIICHHS CIa0oi acHMMETPHU H IPeBpaTsaTcs B NOJSIpU30BaHHBIC. Hampumep, y SHIEKICTKH MOPCKOH BOXOPOCIH Fucus PU3OUJ, WIN KOPEHIOK,
obpa3syercst TOJIBKO Ha OJHOM KOHIlE. B HOpMe pu3ouy pacteT BHU3 U OT cBeTa. TakuMm 00pa3oM, CHila TATOTEHHs U OCBELICHHOCTh BMECTE ONPEJCNIAIOT, Ha
KaKoii CTOpOHE OH obpasyercs. Takas momsIpHOCTH 06yCI0BIeHa MOTOKOM HoHOB Ca’’ uepes kietky (cm. pasz. 20.5.6): MONATAIOT, YTO CIIyYAMHbIA CBET MIH
CHJIa TATOTEHHS BHI3HIBAIOT TIOABIEHHE HEOOTBINON aCHMMETPHH B PacTIpe/ieieHH GelkoB, yJacTBYIOIIHX B TpaHCTopTe HoHOB Ca’’ gepes Mma3sMaTHIECKyio
MeMOpaHy. DTa aCHMMETPHS MO3Ke YCHINBACTCS 32 CYET MEXaHU3MOB ITOJI0XKUTEIbHON 00paTHOM cBsA3M (cM. puc. 20-66, pa3a. 20.5.7).

Takum ke 00pa3oM IMOJOXKHUTENbHAs OOpaTHAas CBsI3b MOXKET [CHCTBOBATH M HA JAPYTHX CTafWsSX Pa3BUTHS MHOTOKICTOYHBIX OPraHH3MOB.
Hanpumep, npu JeIeHHH IOISIPU30BAHHOW KIETKH NOYEpHHE KICTKH HACIEyIOT CIa00 BBIPAXKEHHYIO acHMMETPHIO H, YCHIHB €€, CTaHOBSTCS Ooiee
HOJISIPH30BAaHHBIMU. TaK NPOHMCXOAUT YCHICHHE MOJSIPH3ALMH B PAAY KICTOYHBIX IOKOJIeHHH. [lo3ToMy B INpHHLIHMIE Ui BO3HUKHOBEHHUS CIIOXKHOM
CTPYKTYPbl MHOTOKJIETOYHBIX OPTaHM3MOB MEXKKIETOYHBIH OOMEH cUrHajgamu He oOs3areneH (puc. 16-40). Bo3MOXHO, YTO HEKOTOpPBIC IPOLECCHI
(hopMHPOBaHUS IPOCTPAHCTBEHHON OPraHU3AIMH, 3aBUCSIIIE OT ABTOHOMHOTO ITOBECHHS KIETKH, MOXKHO OOBSCHUTD JISHCTBHEM TaKOr0 MEXaHU3Ma.

OJ1HaKo, KaK MPaBHIIO, (HOPMUPOBAHHE NIPOCTPAHCTBEHHON OPraHN3aLMK Y MHOTOKJICTOYHBIX OPraHM3MOB 3aBHCHT U OT MEXKKJICTOYHBIX CUTHAJIOB.
U 31eck MOJI0XKUTEIbHAS 00paTHAS CBSI3b TAKXKE BBIMOIHSACT BAXKHYIO POJIb YCHIICHHS MCXOAHO CIIa0BIX aCHMMETPHil, CO3[aBasi JIOKAIHM30BaHHBIC IPYIIIBI
KJIETOK, CBOMCTBA KOTOPHIX OYECHb Pa3InuyHblL. Takue rpymnisl KISTOK MOTYT B CBOIO OUepeb UCITyCKAaTh CHTHAJBI, BIHSIONINE HA Pa3BUTHE COCENHHUX KIETOK.
[TpocTeliiM NPUMEPOM MOXKET CIIY)KUTh HPUMHUTHBHBIA opraHusM Hydra. Temno ruapsl umeer GopMy TpyOKH, HAa OZHOM KOHIE KOTOPOH pacrojokeHa
«rojnoBa», CHaO)KEHHAs LIyNalbl[aMH, M Ha JIPYyroM KoHLE - «Hora» (cM. puc. 1-33). T'mapa m3BecTHa CIIOCOOHOCTHIO BOCCTAHABJIMBATH LIEIOCTHOCTh
opraHu3Ma IOClie yJaleHHs KakoW-mubo M3 ero wacted. MHOMXKECTBO HKCIEPUMEHTOB IO aMITyTalliH «TOJIOBBD», BBIIOIHEHHBIX Ha THApPE, IO3BOISIOT
HPEATIOI0KHUTH, YTO MPOILIECC PErEHEPALINH OCYIIECTBIIA-



99

Puc. 16-40. CnoxHasi MHOTOKJIETOYHAs! CTPYKTypa B INPHHLMIIE
MOXKET BO3HHMKHYTh B pe3ylbTaTe€ CEPUM aCUMMETPHYHBIX
KICTOYHBIX  JeNCHHH 0e3  KakuX-THMOO  MEXKKIeTOYHBIX
B3auMoeiicTBui  (MIOMUMO  OOECICUMBAIOIIMX  COCIUHCHUE
KJIETOK). BHyTpeHHeH NONSpHOCTH, HAcleayeMOW KaxIol u3
JIOUYEPHUX KJIETOK B PEe3yJbTaTe IOCICIOBATEIbHBIX KICTOUHBIX
JIeTICHHIl, MOXKET OKa3aThCs BIIOJIHE JOCTATOYHO I YIPABICHUS
CIIeTYIOLINM LHKIOM BHYTPUKJIETOYHOTO
CTPyKTypooOpa3oBaHus. BosHuKalomue @pH MOCIEIYIONHX
JeTeHUAX JOYepHHE KIEeTKH OyAyT OISThb-Takd BeCbMa
Pa3IMYHBIMU M BHYTPEHH MOJAPH3AIMS 3THX KIETOK He OyneT
YMEHBIIATHCS.

ercst Giarozapst I0KaabHOMY ayTOKATaTHTHYECKOMY IIPOIECCy, YCHINBAIONIEMy CIa0ylo TEHICHIUIO KIETOK K IPHOOPETEHHIO CBOUCTB KIICTOK «TOJIOBBDY. B
CO3JaHUM JAHHOH YTPAaueHHOH CTPYKTypHl NPHHHMAIOT y4acTHe BCe KJIETKU Tela; OHM CO3JAI0T HWHIHOUpYIOmMil curHan, IU(QYHIUPYIOIHIl BIOIb
HPOJIOJIBHOM OCH Tella, M MCKIIIOUAIONIMii yCiI0BHs (JOPMUPOBAHMS «IOJIOBBD) B MHBIX y4acTKax opraHusma (puc. 16-41).

16.4.2. JIokaJIM30BaHHBIH YYACTOK, HCIYCKAIOIIMII CHTHAJI, MOKET YacTO CO31aBaTh rpaaueHT mopdorena [36]

BuusiHne rojoBbl Ha OCTaJdbHYIO YacTh TENd THAPBI, KOTOPOE XapaKTePU3yeTCs 3HAYUTEIBHBIM PAIIyCOM ICHCTBHS, MPEACTABIsICT CO00H BechbMa
pacrpocTpaHeHHOE sBJICHHE. BO MHOTMX pa3BUBAIOMMXCS CHCTEMax HEOOIbIINE YYAaCTKH TKAaHU CIIOCOOHBI IPHOOpETaTh Kakue-mubo ocoOble CBOMCTBA,
HPEBPAIAIONINe UX B UCTOYHMK CHMTHAlIA, KOTOPBI PAaclpOCTpaHAETCs 4epe3 MPHIICKAIME YYaCTKM TKaHH, U MOXET KOHTPOJIHPOBAaTh MX IHOBeicHHE. B
YAaCTHOCTH, CHUTHAJIOM MOTYT CIyXHTb IUGQYHIUPYIOIIHE MOJICKYJIbI, CEKPETUPYEMbIC CHIHAIM3HUPYIOMIMM YYacTKOM. IIpeamonoxuM, 4To 1o Mepe
1 y3UN CUTHAIEHOTO BELIECTBA Yepe3 COCEIHHE TKAaHU IPOHCXOAUT ero paspylieHue. B 3ToM ciydae HauBEICIIAs KOHIIGHTPALHSI CHTHAJIBHOTO BEIECTBA
Oyner BO/M3M ucTo4HNKA. C yBEINUCHUEM PACCTOSHHS OT HCTOYHHKA KOJIMYECTBO 3TOTO BellecTBa OyeT yMCHBIIATHCS, BCICACTBHUE YEro B TKAHW BOSHUKHET
KOHLICHTPAIIMOHHBIHA IrpasueHT (cM. puc. 16-42). Ha pa3HbIX pacCTOSHUSX OT UCTOYHMKA CHTHAJIA KJIETKH OYAyT MOJBEPraThCs Pa3inuyHOMY ACHCTBHIO 3TOTO
BEIIECTBA B 3aBHCHMOCTH OT €ro KOHICHTPAIMH ¥ Onarojapsi 3TOMy IPHOOPETYT pasHble CBOiicTBa. [ HMIOTETHYECKOE BEIIECTBO, IIOJOOHOE
BBILICYTIOMSHYTOMY, KOHL[CHTPALMSI KOTOPOTO IPOYUTHIBACTCS KICTKAMHU U HO3BOJISCT MOCIECIHUM OIPECIUTh PACCTOSIHUE

Puc. 16-41. MexaHusM CcO3JaHUs HPOCTPAHCTBEHHOW CTPYKTYpBbI
BCJIE/ICTBHE aBTOKATAIUTHYECKOTO nporecca. BemecTso
«aKTHBAaTOp» B  pe3ylIbTaTe aBTOKATAIHUTHYECKOTO  IpoIecca
WurvBuposaHue HAKaIUIMBAETCS 0 BeCbMa BEICOKOTO YPOBHS B HEOOJBIIOM ydacTKe,
AMo cnaban BonLworo pAacIoNIOKEHHE  KOTOPOro  OINpesensercss  CiaboBbIPaKEHHON
ACHMMET[IH > pagnyca ZeAcTBAA HCXOTHOM  acCUMMETPHEH CHCTEMBI; BBICOKAas  KOHIIEHTpPALUs

i
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|

MecTHeiv aaToKaTanMa
i
._.ﬁ[;:ﬁ--.n: CAAIL)

MOMWAT an

aKTHBATOpa B OTOM Y4YacTKE BBI3BIBACT 00pa3oOBaHME MHTHOMTOPA,
] TG YHINPYOIIETO HAa 3HAYNTEIbHbIE PACCTOSHHS H TTOAABIIAIOIETO

CHHTE3 aKTHBaTOpa B APYrHX yd4actkax. Hampumep, mpu

JIeKaNUTalUH THAPHl OCTaBIIAsiCS TKAaHb B HOPME pereHepupyer

rOJIOBY, HO €CIM Ha MECTO aMIIyTHPOBaHHOH TOJOBBI WM Ha
— HEKOTOPOM PACCTOSIHUHM OT HETO MePecaiuTh roJOBY APYroi THAPSI,
| | ™ TO HOBOM JJOTIOJHUTEIBHOI TOJI0OBEI He 0Opa3yeTcs.
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KoHuenTpauwa gudidiyHam -
pywowero mopdoreda

PaccToAHuE OT METOMHWKE—> X
Puc. 16-42. Ecii kakoe-To BeHIeCTBO 00pa3yercst B OMPEICICHHOM TOUKe 1 110 Mepe Auddy3uu U3 ITON TOUKH Pa3pyIIaeTcsi, TO CO3AACTCS TPaIHeHT
KOHLICHTPAIIHHU 3TOTO BELIECTBA C MAKCHMYMOM B HCXOAHOM TouKe. Takoe BEIECTBO MOXKET CIIy’KUTh MOP(OreHOM, JTOKAIbHAS KOHIICHTPALHS KOTOPOrO
KOHTPOJIUPYET IOBEACHUE KJIETOK B COOTBETCTBHH C HX PACCTOSHHUEM OT HCTOYHHKA BEILECTBA.

OTHOCUTCIBHO HEKHX OPHUCHTHPOB MM «MAasKoB», Ha3biBacTCsi MopgoreHoM. CHrHAIM3HPYIOLIMHA YYacTOK CIOCOOCH C NOMOINBI0 MoporeHa
KOHTPOJIMPOBATh (HOPMHPOBAHUE IMPOCTPAHCTBEHHOH OpraHu3alMy OONBINMX IOJNEH NpuiIekameidl TKaHd. 'paaueHTsl MOpdOreHa IPeACTaBISIIOT co0Oit
npoctoe ¥ 3(PGHeKTUBHOE CPEACTBO OOCCIEUCHUs KICTOK MO3MUMOHHON uH(MOpMauueid. VIMeHHO mostoMy MOP(OreHbI M OKa3alMCh B LEHTPE HAIIEro
BHHMAaHHUS. 3/1€Chb HEOOXOAMMO 100AaBUTH, YTO KJIETKH SMOpPHOHA CHOCOOHBI MPHOOPETAaTh MO3MLHOHHYIO HH(OpPMAIMI0 MHBIMU criocobamu. Puc. 16-21
WUTIOCTPUPYET OJHY M3 TAKHX aJbTEPHATHB: 3/1€Ch B OCHOBE MEXaHN3Ma JIeXKAT HHIYKIMOHHbIE B3aUMOJIEHCTBHSI KOPOTKOTO pajuyca JeHCTBHSI.

U X0Ts M3BECTHO MHOXECTBO NMPHMEPOB CUTHAIM3HPYIOLINX YYacTKOB, KOTOpBIC (C Halleil TOUKH 3peHHs) Yepes rpagueHT MopdoreHa Moriu Obl
OKa3bIBaTh BO3JCICTBHC Ha 3HAYUTCIHHOM PACCTOSHUM, HA NPAKTUKEC B HACTOSIIEE BPEMsl MBI MMEEM MAEJIO0 BCEro JMIIb C HECKOIBKUMH CIy4asiMH
HEIOCPEACTBEHHOH XUMUUYECKOH naeHTH(HUKauuu Mopdorena. Kak mpaBuio, M3BECTHO JHIIb, YTO IPH W3MEHEHUH MECTOIOJIOKEHHUS IMPEIIOIaracMoro
CHTHAIM3UPYIOIIECr0 y4acTKa IOCI]E IEPEeCafiki HIM HHBIM CHOCOOOM, MPOMCXOJUT M3MCHEHHE CTPYKTYphl NPUIICKAIUUX y4acTKOB TKaHW. HaOmronenus
TaKOro POjia HE MO3BOJSIOT BBLSICHUTH, HACKOJIBKO M3MEHCHHS CTPYKTYPhI OTACIBHBIX KJIETOK OIPEACISIOTCS HPSIMBIM OTBETOM Ha AeiicTBHe MopdoreHa u
KaKoB BKJaJ OT B3aUMOJCHCTBHS pEardpyroliuX KIETOK. BeposTHO, B OONBLIMHCTBE CIIy4aeB HCXOIHBIH IpaJueHT MOp(OreHa BBI3BIBACT HMITYJIbC,
obecrieynBarOIMi  (POPMUPOBAHUE HPOCTPAHCTBEHHOW OpraHU3alMM, IIUPOKOTO CIEKTpa JACHCTBHSA, a JIOKAJbHBIE MEKKJICTOUHbIE B3aUMOJCHCTBUS
y4acTBYIOT B IpopaboTke aeraneil. HakamimBaroTcsi JaHHBIC, CBHACTEIBCTBYIONIME O TOM, YTO MMCHHO TaKHM O0OpPa3OM BO3HHKACT IPOCTPAHCTBEHHAs
OpraHM3alys Tella HACEKOMBIX; 9TO OymeT oOcyxJaTbhcsi HIDKE. 3[ech jKe MBI PACCMOTPHM, KaKOH THI IIPOCTPAHCTBEHHON OpraHM3aIlid MOXKET OBITH
00ycIoBIIeH JeficTBUEM TpaanueHTa MOp(HOreHa B 10JIE KIETOK, KaXK/(as 3 KOTOPIX pearupyeT Ha3aBUCHMO.

16.4.3. Ilopor peakuuu KJIeTKH 00yCJOBJIUBAET CTPOro ONpeaeeHHbIH XapaKTep ee 1eTepMUHALMN, HECMOTPS HA
IUIABHBIH rpagueHT Mopdorena [37]

IIpy HanmuUUM MIIABHOTO IpaJeHTa KOHICHTPAIMH MOP(OreHa MOXKHO OJKHIATh, YTO M CBOICTBA KIETOK B PAa3HBIX y4acTKaxX OyoyT M3MEHSThCS
nocreneHHo. Takue cnabo BEIPa)KCHHBIC PA3JIHYKS ACHCTBUTEIBHO BCTPEYAIOTCSI B HEKOTOPBIX TKaHsIX. Ho HanOonbiumii HHTEpec BBI3BIBACT BOZHUKHOBEHHE
PE3KUX Ka4eCTBCHHBIX PA3IM4Mil - TaKHX, HAIPUMEp, KaK PasIH4us MEXIY XPSMIEBBIMU M MBIIICYHBIMH KICTKAMH, He HMEIOIIUMH MepeXxoJHsXx dopM. B
HOIYJISIUU MCXOAHO OTHOPOJHBIX KJICTOK Ollarojaps nopozy peaknid Ha IUIABHO H3MEHSIOIIUMCS CHUTHAJI MOTYT BO3HHKATh PE3KHE PasJIMUHs MEXTy
KJICTKaMHU: B KaXKJIOH W3 pearupyromux KJIeToK 3¢ deKT HeGOIbLIOro MPUPAINeHUsS CHIHAJIa MOXET ObITh YCHJICH IO NPUHIMITY [TOJOXKHTEIbHOW 00paTHOI
CBSI3M TaK, 4TO KIETKH, MOABEPraroliuecs NEHCTBUIO CHIHANA, MHTCHCHBHOCTh KOTOPOIO M3MEHSETCsl ciabo, BBIOEPYT Pa3NU4HBIC IYyTH DPa3BUTHS B
3aBUCUMOCTH OT TOTO, IOJABEPIIMCH JM OHHM AEHCTBUIO CHTHala HajA- WIM MOLINOPOroBON MHTEHCUBHOCTH. IIpH 3TOM AJs KaXKIOro0 W3 CUTHAIOB MOTYT
CYIIECTBOBAaTh HECKOJIKO MOPOrOB MHTEHCHBHOCTH, M OJIHA NEPEMEHHAs MOXET KOHTPOJIMPOBATh HECKOJBbKO BbIOOpPOB. Eciu moj BIMSHMEM Kakoro-to
(axTopa KIeTKa OIpEeAeNICHHO BCTYIMIA HAa MyTh, BEAYIIHH K OZHOMY U3 CTAaOMIBHBIX COCTOSHHI, TO OHa OyIeT pa3BHBAThCA B BHIOPAaHHOM HAIPaBICHUH
Iaxe B OTCYTCTBHE (haKTOpa, MCXOZHO KOHTPOJIMPOBABIIErO BhIOOP. Ha 3TOM myTu BpeMeHHBIe, 3aBHCSIIME OT IMOJIOXKEHUS KICTKU BO3IEHCTBHS MOTYT
BBI3BIBATH d(Q(PEKT «3aOMUHAHUS» BO3EIHCTBUI, KOTOPBIE IpeTeprena KieTka. Beibop kierkoii onpe-
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JCICHHOIO COCTOSIHHAA 3aBHCHUT OT TOr'0, KakKasd IMO3HMIOHOHHAs PIH(I)OpMaIII/[ﬂ COXpaHUJIaCh B €€ KJIETOYHON namsamu. TaKon 3arMch, BOIUIOIICHHYIO B BUIC
OIIPEACIICHHOTO CBOMCTBA KJIIETKH, MOXHO Ha3BaTh €€ «KIMO3UITHOHHBIM 3HAYCHUEM».

16.4.4. DMOpHOHAIbHBIE I10JISl 04¢Hb MAJIbI, I03TOMY OCHOBHBIC Y€PThl CTPOCHHS B3POCJIOr0 *KUBOTHOI'0 JOJIZKHbI
JeTePMHUHHPOBATHCS 10CTATOYHO PAHO C y4ACTHEM KJ1eTO4HOM namsaTu [38]

He3aBiCHMO OT IPHPO/BI MEXaHM3MOB, O0CCIICUNBAIONINX KICTKH MO3ULMOHHON HH(OpMaNueil, 30Ha NX ACHCTBUS JOBOJBHO OTPAHUYCHHA: OHH
00bIYHO 3((EKTUBHEI JIMIIb B Ipeeiax HeOombInX obnacTeil (Mopghocenemuueckux noneii), JNIAHA KOTOPBIX COCTaBISIET OKOJO | MM, YTO COOTBETCTBYET
npuMepHo 100 mwin MeHee KIeTOYHBIM auaMerpaM. OTCIofa CIEAYyeT, YTO CYLIECTBYET MpEei KOIMYECTBA ACTAleH, KOTOPBIC MOTYT OBITh 3al0)KEHBI HA
CTOJIb OrPAaHMYCHHOM IIPOCTPAHCTBE. VIMEHHO MO3TOMY KOHEYHOE ITO3MIHOHHOC 3HAYCHHE KIICTKH MPUXOAUTCS (HUKCHPOBATH B BHIE IOCICIOBATECIBHBIX
2JIEMEHTOB MO3UIOHHON HH(OPMaIH, 3aIIUCEIBAEMbIX Ha Pa3HBIX CTaJMsIX PA3BUTHA. B CBS3M C 3THM MEXaHH3M JeTepMHHAIHN, OCHOBAaHHEIH Ha KIICTOYHON
HaMATH, COBEPIICHHO HEOOXOAUM [l PA3BUTHUSI KPYIHBIX, CJIOXKHO YCTPOCHHBIX KHBOTHBIX. Pasinunue Mexy roioBoil M XBOCTOM JIOJDKHO 3aKJIaibIBATHCS
elie Torja, Korjaa JUIMHa COOTBETCTBYIOMIMX 3a4aTKOB He mpesbimaeT 1 Mm. K ToMy BpeMeHH, KOT/a UIMHA )KHUBOTHOTO JOCTUTHET CAHTHMETPA WM METpa,
COOBITHS, B Pe3yJIbTaTe KOTOPHIX BO3HUKIM 3TH Pa3Iudus, OyAyT YXe «IpeBHEH HCTOPHEH»; U UL TOTO, YTOOB! JaHHBIE PA3JIHMUYMS COXPAHSIINCH, KIETKH
JIOJDKHBI 00J11aTh XOPOILEH MaMsAThIO.

Taxum 00pa3om, 0OLIMIA IIaH CTPOSHHUS Tella ONpeessieTCs OYeHb PaHo, a ICTalH, Bce Oonee u 0ojee TOHKUE, 00aBISIOTCS MO3XKe, 10 Mepe TOro,
KaK 3a4aTKH OT/EIBHBIX OPTaHOB JOCTHTAIOT Pa3MePOB, ITOAXOMSIIHX JUIS 3aIHCH JOIIOIHUTENIBHON NO3HIHOHHON HH(opManyu (puc. 16-43).

Kax 310 Iponcxoaut, Mbl paccMOTpuM OoJiee OIPOOHO Ha IpUMepe Pa3BUTHUSI KOHEYHOCTH.

16.4.5. B npouecce pa3BUTHSI KOHEYHOCTH MO3MIHOHHAS UHGOPMAIUSI IOCTENEHHO yTouHsieTcest [39)]

Pa3BuTHE KOHEYHOCTEH M MHOTHUX APYTHX OPraHOB (HampuMep, 3yOOB, TO3BOHKOB MIIH KOXKH) 00ECIIeUHBACTCS BECbMa OrPAaHUUCHHBIM YHCIIOM
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Puc. 16-43. Korga sMOprOH Mail, OH HAYMHAET MOPA3/ICIATHCS HA HECKOJIBKO OTJIMYHBIX JPYT OT JIpyra IO CBOMM CBOWCTBaM 00J1acTe, COOTBETCTBYIOIINX
OCHOBHBIM YacTsIM Tella B3pOCIOro opranu3Ma. KiieTku xaxJoro Takoro y4acTka, FpaHHIIE KOTOPOTO YCTaHOBHUTH JOBOJBHO TPYIHO, IPHOOPETAIOT
JIOCTATOYHO IIMPOKHE HO3ULHOHHBIC 3HAYCHNU (IIPEICTABICHHBIC 3/1ECh B BUE TPEYTOIBHUKOB WK KPyx04koB). ITo, Mepe pocta 3MOproHa 3TH 061acTi
TaKXKe PacTyT U B CBOIO OYEPEIb B HUX HAYMHAIOT 000COOIISITECS TOX00IaCTH, B PE3y IbTaTe Yero BOHUKACT Bce OoJee [eTaln30BaHHas KapTHHA
MO3UIOHHBIX 3HAYEHHUII.
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Puc. 16-44. A. Kypunslii 5MOprOH mocie Tpex AHel nHkyOauuu. [lokazaHo pacrooKeHne paHHUX 3a4aTKOB (II04EK) KOHEUHOCTEil. b. 3a4aTok Kpblia 1
MPHIIEKAIIME K HEMY COMMTBI IIOCJIE €Il OJIHOTO JHS Pa3BUTHS; 3a4aTOK PACTET, IPEBPaIIasCh B A3bIYKO00Pa3HBIi BEIPOCT (puMepHO I MM B 1umHY, 1 MM B
umpuny u 0,5 MM B TonumHy). MukpodoTorpadust 1opcanbHO# CTOPOHBI KPbLTa, HOIYICHHAS ¢ ITIOMOIIBI0 CKAHUPYIOLIETr0 dJICKTPOHHOIO MUKpPOCKOMA. (4 -

mo W. H. Freeman, B. Bracegirdle. An Atlas of Embryology. London, Heinemann, 1967; b-c mo6e3Horo paspemienus Paul Martin.)

pasnu4HbIX croco6oB auddepentmposku. Koneynocts, Hanpumep, o06pa3oBaHa KICTKAMH HECKOJIBKUX THIIOB, a MMCHHO MBIIICYHBIMHU, XPSIIEBBIMU,
KOCTHBIMU U KJICTKAMH COCIMHUTEIBHON TKaHW. HO 9T HeMHOroducieHHbIe THITBI AU((hEepeHIMPOBAHHEIX KJIETOK OPraHM30BaHbI B MPOCTPAHCTBE BEChbMa
CIIOKHBIM 0Opa3zoM. IIpu 3TOM pasmuuus MexIy nepeiHeil u 3aJjHell KOHEYHOCTSMHU HE CBSA3aHbBI C IOSBICHUEM IONOJIHUTEIBHBIX THIIOB TKAaHEH; Kaxaas
KOHEYHOCTb XapaKTEPH3YEeTCsl HHBIM CHOCOOOM PacIOIOKEH S TKaHEH B IPOCTPAHCTBE. DKCIEPUMEHTHI 110 TPAHCIUIAHTALMH Pa3BUBAIOIIMXCS KOHEYHOCTEH y
[BIIUICHKA OKA3aJd, YTO BHYTPCHHHC PA3NIMYMs KICTOK KOHCYHOCTCH, CBS3aHHBIC C BOSHHKAIOIIMMHU CTPYKTypPaMH, ONpPEACISIOTCS 3a0JIr0 0 Havaua
I hepeHIPOBKY.

Horu u Kpbuibsi y KypHHOro 5MOpPHOHA BO3HHKAIOT IIOYTH OJHOBPEMEHHO B BHJC HEOOJNBIINX BBITSHYTBIX 3a4aTKOB, BBICTYNAIOIIMX Ha GOKOBBIX
MOBEPXHOCTSX 3apozpimia (puc. 16-44). Kierku qByX map 3a4aTKOB KOHEYHOCTEH BHEIIHE HE Pa3IMYaloTCs U B 3TO BpeMs He TuddepeHInpOBaHbl, HU B 4YeM
He NPOsIBIISIETCS TaKXKe U Xapakrep Oymymiero ckenera (puc. 14-20, pasa. 14.2). Ha 9T0# cTagnu B3 OCHOBaHHS 3a4aTKa HOTH MOXKHO BBIPE3aTh HEOONBIIOH
yuacTok HeaudhepeHUHPOBaHHON TKaHH ( B HOPME 9TOT y4acTOK 00pa3yeT rojieHb) U MepecaauTh ero Ha BEPXYyLIKY 3adaTka KpbuUla. B mporecce pasBuTus
TpaHCIUTaHTaTa (JOPMHUPYETCsl HE TOJICHh U HE COOTBETCTBYIOIIAS YacTh KOHYMKA Kpbula, a majier (puc. 16-45). 13 storo ombita cienyer, BO-NEPBBIX, YTO
KJICTKH PaHHEro 3adaTka HOTU JICTCPMHHUPOBAHBI B KaUeCTBE KJICTOK HOTH, H BO-BTOPBIX, YTO, OyIydYH NETEPMHHHMPOBAHBI B 3TOM KaueCTBE, OHH €Ile He
BOCIIPHHSUIM JICTAIM30BAHHOC MO3HIMOHHOE 3HA4YCHHE BJOJNb OCH 3a4aTKa M MOTYT OTBeYaTh Ha HMH(MOPMALMOHHBIC CHTHANBI KpbUIa (HOPMHPOBAHHEM
CTPYKTYp, COOTBETCTBYIOIIMX HE OCHOBAHHIO KOHCYHOCTH, @ €¢ KOHIYy. MOXKHO 3aKJIIOYHTh, YTO OKOHUYATENbHAs AU((HEpCHINPOBKA KICTOK y MO3BOHOYHBIX
JIETEPMHUHHUPYETCS. CEpHEeH IOCIIeIOBATEIbHEIX CUTHAIOB ITO3UIMOHHON HH(OPMAIUH, PETHCTPHPYEMbIX KICTOYHOH IaMsThI0 B pa3Hoe Bpems. Koneunoe
COCTOSIHUE KJIETKH BO3HHKACT KaK PE3yNIbTaT OHPEACICHHON MOCIIe0BATEIbHOCTH PEIICHUH.



103

YyacToK mMeloiepmMel
W3 KoTopoOro e
\ Hopme obpaayToA

Jdavatok %\ -
GE \I \ CcTpYKTYpPb Begpa
ot | =1
[ ==V
.
MpeayMnNTUBHEA TKaHb
Javator Begpa vMNNaHTYpoBaHa
Kpsina B KOHYMEK 3avartka
Kpbina
Mansukl HOFK © KO TAMW
Mneso m npeanneyse
Dopazo-
BABLWEECA
HPBIND

Puc. 16-45. Tkanp Oynymiero 6eapa nocie nepecajku Ha Kpaii IIOukd Kpbuia (y KypuHoro sMOprona) obpasyet nanbisl. (J. W. Saunders et al., Dev. Biol., 1,
281-301, 1959.)

16.4.6. ITocsie npuoOpeTeHNs1 NO3MIMOHHBIX 3HAYEHH I CXOAHbIE KJIeTKH CTAHOBATCSI HEAKBUBAaJIEeHTHbIMU [40]

XOoTs 3a4aTKM HepeaHei U 3aHell KOHEYHOCTH 00pa3oBaHbl AU EPEHIMPOBAHHBIMY KICTKAMU OJMHAKOBBIX THIIOB, COBEPIICHHO OYEBUIHO, YTO
9TH KICTKH Hedkeuganenmuvl. OHU Pa3IMYaIOTCS 10 CBOEMY BHYTPEHHEMY COCTOSHHIO, OIPEIENeMOMY Pa3sHBIMU MO3ULMOHHBIMH 3HaueHUsIMH. KieTkn
324aTKOB KOHEYHOCTEH CHOCOOHBI COXPAHATH MO3HI[MOHHOE 3HAUCHME, OTJIMYAIOLIee HOTY OT KpbUIa, Aaxe mocie AU(GEepeHIHPOBKY; U €CIU 3TO TaK, TO
nmuddepeHIMpOBaHHbBIC KIETKM OJHOTO M TOTO K€ TUHa (HampuMmep, XpsieBbie) OyayT HedKBHBaJeHTHbI. OTCIOA CIIENyeT, 4TO Ha CaMOM JeNe KIETKU
B3pOCJIOTO OpraHM3Ma 3HAYUTEIBLHO OoJiee PasHOOOPA3HBI, 4eM JTO YUYHTHIBACT TpPAJHUIMOHHAS KIACCH(HUKAIMSA KICTOK MO3BOHOYHBIX (CM. T 17,
JIOTIOJIHEHHE).

B pacrmopspKkeHHH HCCIeOBaTeNei HMMCIOTCS IaHHbBIC, CBHUACTCIBCTBYIOINME B IOJIb3y CYLICCTBOBAHMS TakKMX CIAOBIX pasinuMil MEXIy
T GepeHIIIPOBaHHBIMI KIIETKaMH OJHOTO M TOrO )K€ THIIA, PACIOIO0KCHHBIMH B Pa3HBIX ydacTKax Tella IO3BOHOYHBIX. IIpEMephl HEOKBHBAJICHTHOCTH
KJICTOK KOKM W HEPBHOW CHCTEMBbI OyIyT paccCMOTpEHbI B 3TOH riaBe Hwke (pasa. 16.6.4) u B ri. 19 (pasa. 19.7.9). OnuH u3 Haubosiee IpKUX MPUMEPOB
MOJIyYeH NPHU M3YyYCHUH pEereHepanuu KoHedHocTeil y xBoctathix amdubuii (Urodeles); B 3THX HCCIEZOBaHUSIX OBLIO MOKa3aHO, YTO HEIKBUBAJICHTHOCTh
XapaKTepHa He TOJIBKO JUIS KJICTOK IIEPeTHUX U 3aAHUX KOHEYHOCTEeH, HO U JUISL KJICTOK, PACIIOIOKEHHBIX 110 OCH KOHEYHOCTH Ha Pa3HBIX YPOBHIX.

Ecnu y TpuTOHA MM aKCOJOTIIS yJalUTh KOHEYHOCTh HA JI0OOM PAcCTOSHUU OT €€ OCHOBAHHs, TO YTpaueHHas 4acTh BOCCTaHaBiamBacrcs. Ha
KOHIIE KyJIbTH oOpasyercss Oyropok u3 BHelIHe Heau((depeHUMPOBAHHBIX KICTOK, MOKPHITHIA SIHMACPMHCOM; 3TO - TaK HA3bIBACMAs Pe2eHepayuoHHAs
onacmema. B pesynbrate pocra u naudhepeHINpoBKH OacTeMbl H3 Hee 00pa3yloTCsi HIMEHHO Te YaCTU KOHEYHOCTH, KOTOPHIE JOJDKHEI OBITH PACIIONIOMKEHEI
JIMCTABHO OT MecTa amiyTaiuu. Ecian yaaneHa Kucth, To 00pas3yeTcs KMCTh, €CIM yAANCHbI IPEAILICUbs H KMCTh, TO - HEJOCTAIOIINE MPEILICYbe H KUCTh. B
JJAHHOM CJTy4ac HE MMEET 3HAYCHM, T/IC Pa3BUBACTCs OacTeMa: Kak 0OBIYHO - HA IPOKCHMAIBLHOM KOHIIE KYJIBTH, WX (B yCIOBHSIX SKCIICPUMCHTA) HA KOHIIE
oucmanbHo2o yJacTka aMIlyTHPOBAaHHOI KOHeWHOCTH (pHC. 16-46). B moboM ciyuae u3 KJIETOK GJIacTeMbl BOHHKAIOT TOJIBKO T€ YacTH, KOTOPIC B HOpME
PACTIONIOXKEHBI OUCMAIbHO TI0 OTHOLICHHIO K YPOBHIO pa3pesa; IPH 3TOM BO BTOPOM ClIydae BO3HHMKACT 3CPKAbHBIN IyOIMKAT MMEIOLIEroCs y4acTka.
BeposiTHO, KIETKH, PacIONOKCHHBIC BAOJNb OCH KOHCYHOCTH HA PAas3HBIX YPOBHSX, 3aMOMHWIIM Pa3IMYHbIC MO3HIHOHHBIC 3HAYCHUS M HMCHHO STHMH
3HAYEHHSIMU OHH PYKOBOJICTBYIOTCS B BBIIIOJIHEHHH IIPOTPAMMBI, BOCCTAHABIINBAIONIEH yTpaueHHbIC YaCTH KOHEYHOCTH.

16.4.7. Knerku pa3in4HbIX 00JiacTeil 00ecrneyuBalOTCss 0JMHAKOBOI MO3MIMOHHOM MH(pOpManueii, HO HHTEPNPETHPYIOT ee
no-paziomy [36, 41]

DKCIEPUMEHT, CXEMAaTHYECKU MPEJCTABICHHBIN Ha puC. 16-45, MO3BONSET NMPUOIM3UTHCS K MOHMMAHMIO IPOLECCa BO3HUKHOBEHHMS CIIOXKHOU
MO3UI[OHHON JIeTaTM3UPOBAHHON HH(POPMANUH B KIETKaX KOHEYHOCTH IIBIIUICHKA. 113 3TOTr0 3KCIepUMEHTa CIeyeT, YTO y ITHUIl CUTHAIBI, 00EeCIIeUHBAIONINE
KJICTKH HHQpOpMaIMeldl O IOJOXKEHHH BJOJNb OCH KOHEYHOCTH, B KpbUIC M HOre, IPHHLMIHNANIBGHO He pasnudarorcs. Kierkum Oynymieil Horw mocie
TPaHCIUTAHTALIMY HAa KOHYHK 3a4aTKa KPbUIA TOYHO IPOYUTHIBAIOT COOOILICHMS, YKAa3bIBAIOIIME HA MX AMCTAIBHOE MOJIOXCHHE, W MOITOMY y4acTBYIOT B
¢opmupoBanuu nansues. Ho Matepnperupys 5Ty HHGOPMAIHIO [I0-CBOEMY,



KynbTH BCTABNAKOT B pa3pes mMbiluly
CNWHbI W OCTABNAKDT A0 NPHKUBNEHWA

Ha o0Oenx moBepxHOCTIX 00pa3yeTcsi pereHepanuoHHas
OJylactTeMa; U3 KJICTOK OJIacTeMbl B 000HX CIIydasix
(hOpMHPYIOTCS TE YaCTH KOHEYHOCTH, KOTOPBIE B HOpME
PAacCIIOJIOKEHbI AUCTATHHO OT MECTa pa3pesa

Puc. 16-46. Kak oKka3bIBalOT pe3ybTaThl SKCIEPUMEHTA,
cXeMa KOTOPOro NPHBE/ICHA Ha 3TOM PHCYHKE, XapaKTep
CTPYKTYp (B JaHHOM CITydae y caJaMaHApPBI), 00pa3yromuxcs
IIpH pereHepanyyu 06;1acTeMsbl, ONPEAEIACTCS TEM, Ha KaKOM
YpOBHE Oblila OTCEYCHA KOHEUHOCTb, a HE TeM, KaKHe U3
CTPYKTYp B Hel coxpanmnucs. [Ipeannedse n kucts
00pa3syroTcst KaK M3 UCTAIBHOTO, TAK U U3 IIPOKCHMAIBHOTO
OTZela HCXOHONH KOHEUHOCTH.
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Puc. 16-47. IIpoxcumoaucraipHas 1 NepeHe3aHss OCH
KOHEYHOCTHU [103BOHOYHBIX.
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OHHM BMECTO HANbIIEB NEepeaHeld KOHEYHOCTH O0pa3yloT IaybLibl 3aJHEH KOHEYHOCTH.
MexaHH3MBbl, OCHOBAaHHBIC Ha SBJICHUM KJICTOYHOW MAMSATU, MOTYT OBITh HCIIOJIb30BAHBI
I 00eCIeUCHHsT MO3MIMOHHOW HH(pOpPMAIMEH KICTOK Pa3iMYHBIX Y4YacCTKOB, WM
noneid. I103ToMy B KaXIOM U3 MOJNEH BO3HMKHET ONpPENCNICHHAs CTPYKTypa, Kak
pe3ynbTar couyeTtaHus HHGPOPMALUH, 3aKOAMPOBAHHOM B PpasIMYHON IPEABICTOPUH
KJICTOK, 1 TH()OPMALHHU OHPEACICHHOTO MEXKIETOYHOTO CHIHANA.

OTH 3aMeyaHUs OTHOCATCS HE TOJNBKO K CHTHAIaM, KOAUPYIOIIMM
(bopmupoBanue HPOCTPAHCTBEHHO OpraHU3aLuK BZIONb JUTMHHOM
(IIPOKCHMOIMCTANBHOIM) OCH KOHEYHOCTH, HO MO OCH OT OOJBLIOTO Majablia K MH3UHILY
(mepennesanneit ocum). /[IBe stux ocu (puc. 16-47) COOTBETCTBYIOT pa3IMYHBIM
KOMITOHEHTaM IIO3MLIMOHHBIX 3HAYCHUH, MOJOOHO AEKapTOBOM CHUCTEME KOOpJHMHAT,
KOTOpBIC B CBOIO OYCPEAb OMPEACISIOTCS 3a CYET PA3NIMYHBIX CIOCOO0B ACTAaIM3ALUK
MO3UIMOHHOH nH(opMamyu. Perymsmms ¢opMupoBaHUS IIepeHE3aTHEH OCH HMeeT
ocoboe 3HAuCHME, MOCKOJIbKY 3TO OJMH W3 HEMHOTMX I[IPHUMEpOB, TA¢ YyIaloch
XHUMHYECKU HICHTHOULIUPOBATH MOP(OTEH.

16.4.8 PeTnHoeBasi KUCJ10TA - BEPOSITHBIN MOP(oreH B 3a4aTKe
KOHEYHOCTH MO3BOHOYHBIX [42]

Ha 3agHeM kpae 3ayaTka KOHEYHOCTH KypPHHOIO SMOPHOHA pacIoJIOKeHa
IpymIa KIETOK, o0JIafalolHX YHHKAIbHBIMU CBOICTBAaMHU, KOTOpPBIC BBIBIAIOTCS IPH
Mepecajike 3TUX KIIETOK B MEPETHIO 00J1acTh 3a4aTKa JPYyroi KoHeuHocTH (puc. 16-48).
Ilox BiIMsHHMEM TpaHCIUIAaHTaTa 3aYaTOK-PELMIIMEHT yXKE€ B HEpBbIC CYTKH HAYMHAET
pa3pacTaThCs BIIUPb U B pe3yibTaTe GOpMHUPYET KOHEUHOCTh, CTPOCHHE KOTOPOil OUeHb
CHJIBHO M3MEHEHO. B TaHHOM cilydae IPOHCXOAUT YABOCHHUE BCEX YACTEH CKeseTa U BCeX
COOTBETCTBYIOIIMX OTHM 4YacTsAM MSTKHX TKaHeil; dopmupyeTcss BTOpoi Habop
9JIEMEHTOB, OPraHU30BAHHBIN 10 IPHUHIUITY 3ePKATbHOH CHMMETPHH IO OTHOLICHUIO K
CPeIMHHOH IUIOCKOCTH KOHEYHOCTH. BTopoil HaOOp JIEMEHTOB KOHEYHOCTH
(opmMupyeTCcsl He U3 TKaHEeH TPaHCIUIAHTATa, a IPAKTHYECKU IIOJHOCTHIO 32 CUET KJIETOK
3a4aTKa-penunueHTa. MOXKHO IpPeIIOIOKHTh, 4YTO OOpa3oBaHHE BTOPOTO Habopa
JJIEMEHTOB KOHEYHOCTH XO3S5IMHA, PACIIONIOXKEHHBIX B OOPaTHOH MHOCIENOBATEIbHOCTH,
omnpenensercs: KiIeTkaMu Tpanciuianrara. O6JacTs 3a4aTka KOHEYHOCTH, HMOCITY )KHBILAs
HCTOYHMKOM TPAHCIUIAHTATa, NOIy4YHIa Ha3BaHUE 30HBI NMOJAPH3YIOLIell AKTHBHOCTH
WM NoJsipu3yonleii odacTu.

[Monspusyromas o6iacTs HNPUCYTCTBYeT M B 3adaTKe HOI'M, M B 3ayaTKe
KpbLIa; HEOOXO0AMMO OTMETHUTH, YTO MOJAPU3YIOUIME 00IaCTH JBYX Iap KOHEYHOCTEH U
Jaxke KOHEYHOCTEH Pa3HBIX BHAOB (PyHKIMOHAIBHO B3aMMoO3aMeHsieMbl. HesaBucumo ot
MPOUCXOXKJCHHS TpPAHCIUIAaHTaTa (HOra WM KpBUIO, KYPUHBIH 3TO 3apOABIN WIH
3apoJbIII MBIIIH) OH BO BCEX CIy4asX HNPHBOIAMUT K OOpPAa30BaHUIO B KPbUIE LBIIUICHKA
JOTIOJHUTENBHOTO 3a4aTkKa KpbLIa, BOSHUKAIONIEro U3 TKaHeH KypUHOTO 3apoJbllia, U U3
9TOr0 3ayaTka Kpbula (OPMHUPYIOTCS IONOJHHUTEIbHBIC «IANbLBD)  IBIIUICHKA.
CrnenoBaresibHO, CHUTHAJ, MCIIYCKAEMbId  IMOJSAPU3YIOUMMH  OOJAaCTAMH  pPa3HbIX
KOHEYHOCTEH y pa3HbIX BUJIOB, OJUH M TOT jke. KIIeTKH KOHEYHOCTH HHTEPIPETHPYIOT
CHTHAJI COIJIACHO CBOEMY I'€HOMY M IPEIBICTOPHUH.
B HoOpManbHOM KpBUIE TpU «Iajbl[@» COOTBETCTBYIOT TPEM CpPEIHHMM IaibliaM
ISITUNANION PYKH W MOTYT ObITh 0Oo3HaueHsl mudpamu 2, 3, 4. IManen 4 obpasyercs
BOJIM3U HOJLIPHU3YIOLIEH 00J1acTH, Hajel 3-HeCKOIbKO Jajblle, a mael 2-elie Jajblie.
Takoe ke @pPaBWIO CIPaBEAIMBO B OTHOIIGHHM TKaHEH, PpACHOIOKEHHBIX B
HETIOCPEICTBEHHOI OIM30CTU K TPAHCIUIAHTATY IOJpU3YIomIeil 00IacTu, Kak eclii Obl
xapakrep (HOPMHPYIOLIMXCS IANbIIEB COOTBETCTBOBAN XapaKTepy Hekoero Mopdoresa,
CEKPETUPYEeMOro TOJIspu3yIolei Tkaublo (puc. 16-49). I'panyanbHblii  Xapakrep
CHTHAJA,
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Puc. 16-48. TpaHcruiaHTaT U3 30HbI NOJIAPU3YIOLIECH AKTHBHOCTH
BBI3BIBACT 3€PKAIBHOE YIABOCHHUE CTPYKTYpP KpbUIa y PEIUNUEHTA.

Puc. 16-49. Paccrosinue Mex1y TPaHCILIAHTUPOBAHHBIM
Y4acTKOM 30HBI MOJISIPUIYIONIEH AKTHBHOCTH U yIaCTKOM TaKOU
K€ 30HBI XO35IMHA ONPEACIISACT THII CTPYKTYP, (POPMHPYEMBIX
KJIETKAMH 3ayaTka Kpbuta. Yucna 2, 3 1 4 nokaspIBaloT, Kakoi
maser] pa3BUBAETCs U3 KAKIOW JaCTH 3a4aTka.
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UCXOASAIIEro OT KJIETOK MOJISPU3YIOIIEH 00JIaCTH, MOXKHO IPOJEMOHCTPUPOBATS,
nepecaxuBas MeEHblIee 4uciIo KieTok. Ilpu mnepecanke npumepHo 30 KieTok
oOpa3yeTcss JONOJNHMUTENbHBIM manen 2, mnpu nepecaake 80 KIETOK -
JIONIOJTHUTENbHBIH Naneln 3 u npu nepecajke 130 KIETOK - TONOIHUTENBHBIH Hanel
4.

JleiicTBue nepecakeHHbIX KIETOK MOJIIPU3YIOIIEH 00J1aCTH MOXKHO BOCIIPOM3BECTH
MyTeM HUMIUIAHTALMM ~HMHEPTHOTO HOCHTENs, IPOINMTAHHOIO  Pemunoesol
kucromou. PetnHoeBas kucnorta audyHAUPYET U3 HOCUTENS, U IIPH ITOM BJIOJIb
3a9aTKa KOHEYHOCTH CO3JAeTCi TpaJUeHT KOHIIEHTPAalUM, BBICHIAS TOUYKA
KOTOpPOro 10 KpaifHeli Mepe B TpH pa3za IPEBHIIIACT MHUHUMAIBHYIO
KOHIIEHTPALlMIO;  JIONOJHUTENIbHBIE  Halbllbl  HAYMHAIOT ~ BO3HUKATh  IIPU
KoHIeHTpanuu okono 20 HM. brmaromaps NpuMeHEHUIO BBEICOKOTYBCTBUTEIBHBIX
METOIOB XpoMaTorpaduu ynagoch MOKa3aTh, 4TO B HOPMalIbHOM 3adaTKe
KOHEYHOCTHU CYIIECTBYET €CTECTBEHHBIH IpaJUeHT PETHHOEBOH KHCIOThI UMEHHO
TAaKOTO MOpsAKA, HPHYEM BBHICIIAs KOHIEHTPALHs XapaKTepHA Il KIETOK
noJsipu3yomel oonactu. BecbMa BeposiTHO,

- 3oHa nonApuyloULen
AKTUBHOCTH
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Puc. 16-50. Xumnueckas CTpyKTypa peTHHOEBON KHCIIOTBI.

9TO IPUPOIHBIM MOP(OreHOM SBISICTCSI IMEHHO PEeTHHOEBas KucioTa (puc. 16-50).

HenaBHo ypmamochk HACHTH(HIMPOBATH PELIENTOP PETHHOEBOH KHUCIOTHL. MM oka3ancst GeloK, FOMOJOTHYHBIH pPELenTopaM CTePOUIHBIX H
THPCOUAHBIX TOPMOHOB; OH CBSI3BIBACTCS C ONpEACICHHBIMH mocinenoBareiabHocTsiMu JJHK u peryiampyer TpaHCKPHIILHIO OHPEACICHHBIX I'€HOB. bpima
BBIIeNIeHa U cekBeHnpoBaHa kJIHK, kogupyromas penenrop. B HacTosimiee BpeMst UL BBISIBICHHS PELIENITOPOB B TKAHSX, HOJOOHBIX 3a4aTKaM KOHEYHOCTEH,
ucnons3ytores kak JJHK-30HbL, Tak ¥ COOTBETCTBYIOLINE aHTHTENA.

16.4.9. IIpouecc pocTa KOHTPOJIUPYETCH XaPaKTEPOM MO3ULMOHHBIX 3HAYEHMI, KOTOPbIe MOTYT U3MEHSITHCS NMPH
HHTepKaJsiuuu [43]

Jlo cux mop mpu 00CyKACHNH MEXaHN3MOB (DOPMHUPOBAHUS IPOCTPAHCTBEHHON OPraHM3aLMK 1 MO3UIHOHHBIX 3HAYCHHUI MbI IPEHEOpEraii OXHIM
Ba)KHBIM aCIIEKTOM 3TOTrO MpoIiecca: Mbl He OOCYKZalH PeryJisLHI0 PocTa, KOTOpas MCKIIOYHUTENBHO BaKHA JUIS IPHOOPETEHHS PA3IMYHBIMU YacTSAMHU U
OpraHaMH 3apojblilla COOTBETCTBYIOIIMX pPa3sMepoB. B HEKOTOPBIX Ciy4asx 3TH MEXaHM3Mbl OCHOBAaHBI HAa ABTOHOMHBIX KIICTOYHBIX IPOTrpaMMax,
3aIlyCKaeMbIX Ha PaHHUX CTa[WsX 3aKIaJKH 3a4aTKOB OIPEJCICHHBIX OpraHoB. OfHAKO BO MHOTHX APYTHX CIyd4asX POCT M CTPYKTypa MO3HI[MOHHBIX
3HAYEHHII ONPENENAIOTCS KaK Pe3yJbTaT IIOCTOSIHHBIX MEXKKJICTOYHBIX B3aMMOACHCTBHMH M TECHO CBs3aHBI C HHMH. V3ydas mpomeccsl perysisiuu,
HPOUCXOJAIIME y MHOTHX OpraHM3MOB IPHM 3aMEHE (ParMEHTOB TKaHM, OOJAJAONIMX PAa3IUYHBIMH HO3MIMOHHBIMH 3HAYCHHSMH, HCCIICIOBATEIN
OOHAPYXHIIN, 9TO KJICTKH 3THX ()ParMEHTOB PAcTyT M IPUCIOCAOIMBAIOTCS K JOKAIBHBIM YCIOBHSIM. M3 3THX 9KCIEPUMEHTOB CIEAYET MPOCTOE HMPABHIIO
obmero xapakrepa. Ero syumieii wimocTpanueii siBISrOTCS Pe3yIbTaThl HCCICAOBAHMIT 110 pEreHepallii KOHEYHOCTEH Yy TapaKkaHOB.

TapakaHbl OTHOCATCS K HACEKOMBIM, Y KOTOPHIX B IIPOLECCE PAa3BUTHS OT JIMYHHKM 10 B3pocioil (opmbl He HAOGIIOACTCS pPaauKaIbHOTO
MeTamMop(o3a; pasBHTHE IMPOTEKACT IIOCTCNICHHO ITyTeM CMEHBl HECKOIBKHX OBCHWIBHBIX ()opM. KOHEYHOCTH MOJOIBIX TapakaHOB XOPOLIO
JuddepeHInpoBaHEl, HO B OTIMYME OT KJIETOK KOHEYHOCTEH 4YesloBeka 31ech AM((EepeHIHpOBaHHBIE KIETKH CIIOCOOHBI pearupoBaTh Ha CHTHAIBI,
ynpasnsomume GOpPMUPOBAHHEM POCTPAHCTBCHHOI OPraHM3alUKM KOHEYHOCTH. IIpM HapylIeHHHM TAaKOi OpraHM3alUM IPOUCXOAUT €€ BOCCTAHOBJICHHE.
Brarogaps 5TuM 0COOCHHOCTSIM 0OBEKTa MOXKHO HCCICAOBATh ACSATEIBHOCTh CHCTEM, KOHTPOJIUPYIOIIHX CTAHOBJICHHE IPOCTPAHCTBEHHON opraHu3anuu. Jis
3TOTO 110 3aBEPIICHUH TIPOIecca SMOPHOHAIIBHOTO Pa3BUTHS HA MOJIOZIBIX OCOOSX IIPOBOASAT HEOOXOJUMBIE OTIEPALIUH.

MBI OIHMILIEM 3KCIEPUMEHTHI, B KOTOPBIX M3y4aJoCh IOBEIACHHE KICTOK SIHACPMATIBHOrO CIIOS M KyTHKYJBI, MOKPHIBAIOIICH TEJIO TapakaHa U
00pasyroleil HapyKHYI0 OBEPXHOCTh KOHEYHOCTH. POCT Hapy»KHOTO IIOKPOBa CBSI3aH C MOC/ICJOBATCIBHBIMA JIHHBKAMH, KOT/Ia MOJIOasi 0co0b cOpackiBacT
CTapyl0 KyTHKYJIy M BMECTO Hee BO3HMKAaeT HOBas, Oojiee HPOCTOpHAs. Marepuan A NMOCTPOSHUsSI KYTHKYJBI BBIACISIOT JISKALIUE MO HEH KIeTKH
3MHUAepMIca, 00pa3yrollie OAUH KICTOUHBI Ci10i. [103UIMOHHbIC 3HAUCHUS 3THX KJICTOK ONPEAEISIOT CTPYKTYpY 00pa3syeMoi UMH KyTHKYIBI, M €CIIH 3TH
3HAYCHHUS B PE3y/IbTATC IKCIECPHMEHTAIBHOTO BO3ACHCTBUS M3MCHSIOTCS, TO TAKOH PE3YJIbTAT MOKHO BBIIBHTH, HCCICJOBAB KyTHKYIY IOCIC JHHBKH.
Perenepaunst HabJIFOAACTCS TOIBKO y MOJIOABIX 0COOEH, TaK KaK B3pOCIIbIe HACEKOMBIE HE PACTYT U HE JIMHSAIOT.

Hora tapakaHa cOCTOUT U3 HECKOJIBKHX YacTel, paclosIoKeHHbBIX (0T OCHOBaHUs K KOHILY) B CJI€yIOIIEM MOPSAKE: Ta3UK, BEPTIYT, OeIpo, FoJIeHb,
narka. Jlanka B CBOIO 04Yepe/lb COCTOUT U3 HECKOIBKUX MEJIKHUX YWICHHKOB U OKAaHYMBACTCS Mapoid KOrotkos (puc. 16-51). Eciu ynanute n8e HoOry,
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Puc. 16-51. Hora Tapakana. [Ipu ka0l U3 nOCIIe10BaTEIbHBIX JINHEK HOTa PACTET, HO €€ CTPOCHUE HE MEHACTCS.
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Puc. 16-52. Ilocne coeiMHEHNs HECOBMAAOIIMX YaCTEH IOJICHHN TapaKkaHa IPOUCXOAUT HHTEPKAIIALMS HOBOH TKaHM (TTOKa3aHa CBETIIOH KPAacKoi),
3aIOJIHAIONIEH pa3phIB B Psily MO3HLIMOHHBIX 3HaueHui (uucina ot 1 1o 10). B nepBomM ciyuae (4) 6 pe3yiabraTe HHTEPKAISALMU BOCCTAaHABINBACTCS
HEJIOCTAOIIMH yJacToK, a BO BTOpoM () 00pa3syeTcst TpeThsl, CpeIHss JacTh TOJICHH MEXIy JBYMs y)Ke HMEroIuMucs. Hampapiienne meTHHOK yKas3bIBaeT Ha
HOJISIPHOCTH HHTEPKATUPYIOIIEi TKaHU. B 0601X cilydasx BOCCTaHABIMBACTCS HEMPEPHIBHOCTD Psijla MO3UIMOHHBIX 3HAYCHH.

nepepe3aHHble B TOJCHH Ha PasHBIX YPOBHSX, TO MOXHO TPaHCIUIAHTHPOBATH AUCTAIBbHYIO YacTh OJHOM HOTH Ha IPOKCHMAIIBHYIO KYJBTIO JIpyroi. B
pe3ysbTaTe IMOJIy4aeTcs «COCTaBHas» Hora 0e3 cpenHeil yacth roneHu. TeM He MeHee MOCNe JIMHBKM HAcEKOMOro 00pa3yercsl BHEIIHE HOpMaibHast
KOHEYHOCTb: YTpayeHHasl CPEIHASA 4acTh TOJEHU pereHepupyer (puc. 16-52, 4). Onepauuio MOXXHO BUIOM3MEHHTb, TaK YTO €€ pe3yibraT OyJer ewe Oosee
YAMBUTEIbHBIM. ['0JICHh OZHOW HOTH IIepepe3aroT OKOJIO MPOKCHMAIBHOIO KOHI@A, a TOJICHb APYrOd - OKOJIO JHUCTANIbHOrO. [JTMHHYIO OTPE3aHHYIO TOJICHB
OJHOW HOT'M NPHCOSIUHSIOT K JUIMHHOM KyJIbTe IPYroi, B pe3yibTaTe 4ero odpasyercs yAIMHEHHAs KOHEYHOCTh C YABOCHHOM cpenHeil yacTeio (puc. 16-52,
b). Tlocne nMHBKM OKa3bIBACTCS, YTO 3TA HOTrA yJUIMHHUIACH ellie OOJbIIe: MEeXAy JBYMsS HMCBIIMMUCS CPEAHMHHBIMH YacTSAMH TOJICHH 00pa30Bagach TPEThs
cpenuHHas yacth. Kak mokaszaHo Ha puc. 16-52, b, WETHHKHM Ha 3TOM BHOBb O0pa30BABLIEMCS YYacTKE HANPABICHBI IPOTUBOIOJIOKHO 10 OTHOLICHHIO K
IIETUHKAM Ha OCTAIBHBIX YaCTSIX TOJICHH.

Bbu10 MpOBEICHO MHOTO Onepauuid Takoro Tuna. Bce oHM yKa3bIBalOT HA CYIIECTBOBAHHE CHCTEMbI IIO3ULHOHHBIX 3HAYCHUI, HAINYME KOTOPHIX
JieNaeT KIICTKH, PACIOJIOKCHHBIC B PA3IMYHBIX y4acTKaX, HEIKBHBAJICHTHBIMHU. XapaKTCPUCTHKA MO3WIMOHHOTO 3HAYCHHS TECHO CBs3aHA C KOHTPOIEM
npomudepanyn kieTok. [IpHHATO onpeneniTs MO3UIMOHHOE 3HAUCHHUE YHCIIOM, U3MEHSIONIMMCS OT MaKCHMyMa Ha OJHOM KOHIE y4acTKa KOHEYHOCTH MO
MHUHUMYMa Ha Apyrom. IIpy omucaHHBIX BBILIE ONEPALUAX PSIOM OKA3bIBAIMCH SMUACPMANIbHBIC KICTKH, PE3KO PA3IHMYAIOILIMECS O CBOUM IO3HIMOHHBIM
3Ha4CHUSAM. [103TOMy B MECTE COCAMHEHHMS ABYX OTPE3KOB HAadMHANACh MPOIH(EpaLis KICTOK H HOBBIC KJICTKH IIPH 9TOM MPHOOPETAIN 3HAYCHHUS, KOTOPhIC
IUIaBHO, 03 CKAa4KOB, 3aIOJIHSIN Pa3pblB MEXIY IO3HLMOHHBIMH 3HAYCHHSMHU KJIETOK, COMMKCHHBIX HpH onepauuu (puc. 16-52). Takoll pe3ynbTaT MOXKHO
000011MTh, CHOPMYIIUPOBAB MPABUIIO HHTEPKAISIUUHU: PA3PbI6bl 8 NIAGHOM PAOY NOSUYUOHHBIX SHAUEHUTI 8bI3bI6AION
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MecmHylo nponugepayuio Kiemox u 6HO8b 00pa3yiowuecs KiemKu npuodpemarom npomexncymounvle no3UyUOHHble 3HAYEHUs, 80CCMANABIUBAL MAKUM
obpaszom nenpepuvisnocms cmpykmypul. Ilponmdepanust mpekpamaeTtcs TOIBKO MOCIE 3alOJHEHHS IPOMEXYTKa KIETKaMH, O00JaJalolMMU BCEMH
yTpaueHHbIMH IO3MIMOHHBIMU 3Ha4yeHMsAMH. IIpu 3TOM BOCCTaHABIMBAeTCs HOPMAJbHOE paclpeleleHHe KIETOK B NPOCTpaHcTBe. Bech aTOT mpouecc
TIOJTY4YHJT HA3BaHUE MHTEPKAJISIPHOH (WM BCTABOYHOI) pereHepanum.

IIpaBuin0 MHTEpKAISIMK W BBITEKAIONIEE M3 HErO CIIEJICTBHE, COTNIACHO KOTOPOMY POCT IPOJOJDKACTCS [0 NPHOOPETEHHs OINpEIECHHOTO
pacnpezie/IeHHs TO3UIUOHHBIX 3HAYCHUH, - 9TO Ba)KHBIH OPraHU3YIOIIUN MPUHIMI AJIA CUCTEM, TAe OH JelcTByeT. HaunHas co CTpyKTypsl, OonpeensieMoit
MPUOJIM3UTENFHO U B MUHMATIOPDHOM MaciuiTabe (Hampumep, 3a CYeT TpaiueHTa MOpQOreHa), 3TO MPAaBUIIO MPEAONPEACISET CO3JaHUE MOJIHOrO Habopa
MO3MLOHHBIX 3HAYCHHUI M PEryIUPYeT POCT KaXKAOH M3 YacTel JaHHOH CTPYKTYpHI O ONpeleleHHBIX pa3MepoB. Bce 3T0 HEOOXOAUMO ISl TOTO, YTOOBI
BO3HHKAIOMasi CTPYKTypa KaueCTBEHHO, a CJIEI0BATEIbHO, TOOJIOTHYECKH, Oblia BepHa. Eciu nNpHMEHHTh NPaBUIO MHTEPKAALMH K IBYX- H TPEXMEPHBIM
CTPYKTypaM, TO OHO OKa)KEeTCsI CIPAaBEUIUBEIM /ISl ITHPOKOTO CHEKTPa ABICHHI, BKIIOYAs KaK HOPMATbHYIO PETCHEPAIMIO aMITyTHPOBAaHHBIX JacTel Tela, TaKk
U aHOMayibHble S {EeKThl (BO3HUKHOBCHHE MONOIHHUTEIBHBIX KOHEYHOCTEHl NpPU HEKOTOPHIX TpaHCIUIaHTauusx). [lo Bcell BEpOSTHOCTH, ITO NPABHIIO
CIIPaBeUIMBO 10 OTHOIICHHUIO KO MHOI'MM IIPOLIECCaM OPraHOIeHE3a N PercHepaliy He TOJIBKO y HACEKOMBIX, HO U y pakooOpasHbIxX n ampuouii. Hanpumep, y
Ip030(GHIBI B COOTBETCTBUH C 3TUM IPABUIOM ITPOUCXOJUT KOPPEKIMS PAHHUX OMMOOK crenudukanuu crpykrypsl (puc. 16-60). JJaxe y MISKONHUTAIOMINX,
yIpaueHHbIE CTPYKTYPHl KOTOPBIX BO B3DOCIOM COCTOSHHH HE PEreHEepUpYIOT, NPaBHIIy UHTEPKALIIUM MOXKET IIOJUHHATBCS pETyJsIUs pocTa U
IPOCTPAaHCTBEHHOH OpraHU3alHu B SMOPHOHAIBHBIH Hepuoa. MoJeKynsapHbIe MEXaHH3MBI, JIEKAIHe B OCHOBE 9TOr0 BaKHOIO CII0C00a KOHTPOJIS POCTa, OKa
HEU3BECTHEL

3akiouenune

Bosnuknosenue pasnuunblx munog Kiemox dMOpUOHA cmpo2o YROpAOOUeHO 6 npocmpancmee. Omom npoyecc O0ObIYHO HAYUHAEMCS C
B03HUKHOBEHUS, ACUMMEMPUL AUYEKTEMKU U NPOOOIHCAemcs: 61a200apsi MeXHCKIeMOYHbIM 63aUMO0eicmeusm 6 ambpuozenese. Ha kasxcoom uz smanos smozo
npoyecca acumMmempus, USHAYATLHO GbIPAJICEHHA OUeHb CIa00, YCUNUBAEMCS NONOICUMENbHOU O0OPAmHOU C6A3bI0 U NPUBOOUM K NOAGLEHUIO HemKO
BLIPANICEHHOU NPOCMPancmeeHHol opeanusayuy. ModcHo ckaszamb, Ymo cueHatbl, KOOPOUHUpYIOujue Gopmuposanue RPOCMPAHCMBEHHOU Op2aHU3ayUl,
cHaboicalom  KlemKu No3UyuoHHol ungopmayuei. B npocmetiwem ciyuae 2padyanvhas KoHyeHmpayus Oug@ynoupyioweeo mopgozena mosicem
KOHMPOIUPOBAMb CBOIUCMBA KIeMOK 6 3A8UCUMOCMIL OM UX PACCOAHUA NO OMHOUWEHUIO K UCIOYHUKY MOPQO2eHA; 6ePOAMHO, NPU PA3SUMUL KOHEYHOCIIU )
KYpUHO20 3apoo0bluid poib MOPGOo2eHa 6bINOIHAEN PEMUHOeBds KUCIOMA, KOHMPOIUPYIOWAs 603HUKHOBEHUE DNEMEHIN08 N0 OCU «OOTbLIMON naney-MusuHey».
Juckpemmuvle pasnuyus Kiemok no c60um ceolcmeam MO2ym cOOMeemcmseo8antv NOPO20SbIM 3HAUEHUAM PeaKyuu Ha MOpGO2eH.

IIpocmpancmeennas xapakmepucmuka Kiemxu onpedeisemcs no3uyUoHHoU uHgopmayuell, nocmynugweil K Heii 6 pasnoe gpems. I1oka smopuon
Man, mMa Xapakmepucmuka 6ecbMa npubIusumenbua, 00HaKo no mepe pocma SMOpuona K el 0obaensiomcs ymounaowue oemanu. Knemku pannux
3a4amKos nepeoneli u 3a0Hell KOHeYHOCmell IMOPUOHOE NO36OHOUHBIX NPUOOPEMAlom pasnuiHble NOSUYUOHHbIE SHAYEHUS, 6CIEOCIBUEe Ye20 CE0UCMEa KIemoK
PA3HBIX KOHEYHOCMel CMAHOBAMCS HEIKBUBAIEHNMHBIMU 34007120 00 OupdepeHyuposKi. YmouHeHus CmpyKmypbl Kax#c0020 Op2anHa 803HUKAION
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nocie Nos6NeHUs. 8 KAHCOOM U3 3a4AMKO8 IMUX OP2aHo8 boiee 0emanu3upOSBaHHOl 6HymMpeHHell cemu NO3UYUOHHOU uHGopmayuu. Beposmuo, sma cucmema
0emanu3uposantoll NO3UYUOHHOU UHPOPMAYUU 6 20MONOSUUHBIX OP2AHAX, KAKOBLIMU AGNAIOMCS NepeoHue u 3a0HUe KOHEeUHOCMU, Modcem Oblmb eecbMa
cxoonou. Obnadas namamvio, KIemKu pasiuyHbIX NOJel UHMePnPemupyom YmouHAIOWYI0 NOSUYUOHHYIO UHGOPMAYUI0 NO-pasHOMY, 8 COOMEEMCMEUU co
ceoeli npedvicmopuel.

Cmpykmypa no3uyuOHHbIX 3HAYEHUll Y MHO2UX JHCUBOMHBIX MECHO C6A3AHA C KOHMpPOLeM KIeMOYHOU Npoaugepayuu no npocmomy npasuny
unmepkanayuy. Imo npasuio Ovlio CHOPMYIUPOBAHO NPU USYHEHUU De2eHepayul KOHeYHOCmell Y Hacekomblx u amguoéui. Ono enacum, umo HapyuteHue
HeNpepblGHOCMU NO3UYUOHHBIX 3HAYEHUTl 8bl3bl6Aem MECHHYI0 NPOIUPepayuro Kiemokx, U 6HO8b 03HUKAIOWUE KIemKU Npuodpemarom npoMexcymouHvle
NO3UYUOHHBIE 3HAYEHUs, BOCCIMANHAGIUSAIOWjUE HENPEePbIGHOCMb HAPYWMEHHOU CMPYKMypbl. Dmom e Mexanusm Modcem @QYHKYUOHUPO8ams npu
HOPMAbHOM PA3EUMUU 3aPOObIULA, 60CCIAHABIUEAS HEMOYHOCIU UCXOOHBIX XAPAKMEPUCNUK NOSUYUOHHOU UHGOpMayuu.

16.5. Ipo3oduiia u MoJieKyJsipHas reHeTUKa GopMHUPOBaHMS NPOCTPAHCTBEHHOM opranu3amnuu [44]

Best kimaccuueckasi reHeTHKa OCHOBaHA HA MPEATIOIOKEHUH O TOM, YTO CTPOSHHME JI000ro oprann3Ma KoHTponupyercs ero renamu. Pons JTHK B
o0ecIieueHNN HACIEICTBEHHOCTH HM3BECTHA YXe Ooiee CTa JIeT, OJHAKO MEXaHH3Mbl I€HETHYECKOTO KOHTPOJS, KOTOPBIE OTBEUAlOT 3a 00pa3oBaHUE
HOPMAJIbHOH CTPYKTYPBI Tella B3POCIBIX )KUBOTHBIX, 1O CHX IOP OCTAIOTCs HepasrajaHHbIMH. OIHAKO B MOCIEAHHE TOABI ATOT MPOOEN B HAIIMX 3HAHUSX
HaJall 3aIlOIHAThCA. HOBBIE OTKPHITHS ObLIM CHETaHbI TNIABHBIM 00pa30oM IPH H3YUCHHH Pa3BHTHSA ILIOJOBOH MYMIKH-Apo3oduisl. ONBITH Ha Apo3oduie
IPHUBEIH K OTKPHITHIO KJacca KOHTPOJHPYIOIIUX Pa3BHTHE TI'€HOB, crenuduueckas (YHKIHS KOTOPBIX COCTOHT B (POPMHPOBAHHU IPOCTPAHCTBEHHOH
opranuzauuu Tena. CoueTaHue MOJXOAO0B KJIACCHYECKOW M MOJEKYJISIPHOH I'€HETHUKH ITIOMOIJIO YCTAHOBUTH (PyHKIMH 3THX I'€HOB. Jlanee Mbl HOKaXeM, YTO
obmras cTparerus GOpMHPOBAaHUS MPOCTPAHCTBEHHOH OpraHHM3allUM Tejla y HO3BOHOYHBIX ONHM3KA K TAKOBOH y Ip030(MIbL, H 0oJee TOTo, Y MO3BOHOUHBIX
UMEIOTCS OJIM3KHE aHAJIOTU FeHOB, KOHTPOJIUPYIOMINX TOT IIPOLECC Y IPO30(IIIbL.

IlepBble mpeACTaBICHHS O CYLIECTBOBAHUM TaKOW I'€HETHYECKOH CHUCTEMBI C(HOPMHPOBAIKMCH O] BIMSHHUEM OTKPBITHS MYyTAalHUi, BBI3BIBAIOLINX
IpHIyUIBbIC HAPYIICHHS IIaHA CTPOSHUS Tea B3pocioil aposodmnsl. Hanmpumep, myTanus Antennapedia pUBOAUT K TOMY, 9TO HA TOJIOBE BMECTO aHTCHH
pactyt Horu (puc. 16-53); B pesynbTaTe MyTauuu bithorax BMECTO IPHAATKOB, HMEHYEMBIX JKyXOKaJIbIaMHU, HOSBISIETCS JTOIOIHUTENIbHAS Mapa KPbUILEB.
Takye MyTauuH, NpPEeBpallalol(e Te WM HMHbIE YacTH Tela B CTPYKTYpbI, KOTOpblE B HOPME JOJDKHBI HAaXOIMTHCS B JIPYIMX MeCTax, ObUIM Ha3BaHbI
20Me03UCHbIMU,; HOPMAIbHBIC TeHbI, IOJBEP KCHHbIE TAKHM MY-

Mnas—

“Tomecachan’’ wora

LT TR

Patoame
WCTH

Puc. 16-53. T'osioBa HOpMabHO# B3pociion 1po30Guisl (4) u 1po30Guibl, HECYIIei TOMEO3HCHY IO MyTauuio Antennapedia. b. Kpaiinss ¢popma Takoit
MyTaluH; 0OBIYHO B CTPYKTYPBI HOTH IIPEBPAIIASTCsI TOJIBKO YacTh aHTeHHBI. (PucyHok MyTanTa Anfennapedia BIONIHEH 110 GoTOrpaduu, NpeaoCTaBICHHON
Peter Lawrence.)
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TalMsAM, HA3BIBAIOT 2OMEO3UCHbIMU —CceneKmopHbimu  2enamy. OTKPBITHE TOMEO3HCHBIX MYTaHTOB
HOJTOJIKHYJIO K NPOBCIACHHIO BEChbMAa MCKYCHBIX SKCIICPMMEHTOB, MOKA3aBIIMX, YTO TEJIO HOPMAIbHON
Myx# (OPMHPYCTCS HAIMOAZOOME JIOCKYTHOrO OAEsIa, B KAXKIOM H3 JIOCKYTOB-Y4aCTKOB KOTOPOTO
IKCHPECCUPYETCsl Pa3HbI HAOOP TOMEO3MCHBIX CENEKTOPHBIX IeHOB. IIpOAYKTBI 3THX T'EHOB CIyXKaT
MOJICKYJISIDHBIMH  a/IpecaMy, B IEPBOM INPHOIMKCHHH OOECICUMBAIOUMMU KJICTKH O3UIHOHHBIMU
3HAYCHMSMH. | OMECO3MCHas MyTauus, TakuM 00pa3oM, HapylIacT HOPMalbHOE OOECICYCHHE
nHbopManueil BceX KIETOK JAHHOIO ydYacTKa: KICTKH JAe3HMH(GOPMUPYIOTCS B OTHOLICHHH CBOETO
MECTOIOJIOKCHH M M3 HHUX (POPMHUPYIOTCS CTPYKTYpbL. KOTOpbIE B HOPME PAacloNIaraioTcsi B HHBIX
y4acTKax Tea.

I'oMeo3HCHBIE CEIeKTOPHBIC TeHBI SBILIIOTCS JIUIIL OJHON M3 YacTel CIO0XKHOU IeHETHYECKOH
CHCTEMBbI, OTBETCTBCHHOH 3a CO3/[aHME HOPMAJIbHOH MO3aMYHOII CTPYKTYpHI Tella Hacekomoro. B sTom
paszene Mbl ONHIIEM CHCTEMY B LEIOM M BKpAaTIC PACCMOTPUM HEKOTOPBHIE M3 €€ MOJICKYJISIPHBIX
MEXaHH3MOB. Bocrmons3yeMcs i1t 3TOro KoHIenuei (GopMUpOBaHUS NPOCTPAHCTBCHHONW OpraHM3alliH,
KOTOpasi 00CyXkKaanack B HPEABLIYIIEM paszeie. Mbl yBUIUM, 4TO 3Ta CHCTEMAa COCTOUT U3 TPEX KIIACCOB
T'€HOB, KOHTPOJIUPYIOIIHX CTAHOBIICHHE POCTPAHCTBEHHOM OpraHu3aIum:

1) BHauane JCHCTBYIOT 2eHbl NOAAPHOCMU Alyd, TPOXYKTHI KOTOPHIX —ONpPENEISIOT
MIPOCTPAHCTBEHHbIE KOOPAMHATHI SMOPUOHA, YCTaHABIMBAs IPaJeHT MOp(doreHa B sie;

2) ecenvl ceemeHmayuy WHTEPIPETUPYIOT IMO3MLMOHHYIO HH(POPMALUIO, O0ECIICUnBaEMYyIO
NEPBUYHBIMH TpPajieHTaMHd MOP(OTCHOB: 3TU TEHBl Pa3MedYaloT 3apOoABIIl HA CEPHIO CE2MEHMO8 -
OCHOBHBIX MOJYJICH, 3 KOTOPBIX COCTOUT TEJIO Y BCEX HACEKOMBIX;

3) reHsl CerMEHTAlMM MOCPEACTBOM CBOMX MPOAYKTOB BIMSIOT HA OKCIIPECCHIO 20MEO3UCHBIX
CeNeKMOpHbIX 2eH08, KOTOPBIE CO3NAIOT PA3IUYMs MEKIY CerMEHTaMH; B pe3ylbTaTe COYETaHUS
AKTHBHOCTH T'OMEO3HCHBIX CEJICKTOPHBIX TI'€HOB M T€HOB CErMCHTALMM KIETKH Ka)KJOro CErMEeHTa
[OCPEJCTBOM ~ HMMIPHHTHHIA  3allOMHHAIOT  OMNpPEACICHHBIC  I[TO3HIMOHHBIC 3HAYCHHS, KOTOPHIC
00yCIOBIMBAIOT UX JalbHeillnee moBeeHue. 1, HakoHeN, BHYTPH Ka)JOr0 CErMEHTUPOBAHHOIO OTZENa
TeJda BO3HHUKAIOT MEXKKICTOYHBIC KOMMYHHKALHHU, OIPEJCISAIONME CaMble MEJKHE IETAlld B3POCIIOrO
opranusMa. B 3TOM KJIETKH PyKOBOJACTBYIOTCSI, [0 BCEH BEPOSTHOCTH, IPABHIOM HHTCPKAIISLIMH.

16.5.1. Teno Hacekomoro ¢popmMupyeTcsi MyTeM BUIOM3MEHEHHsI OCHOBHOI'O
IUIAHA CTPOEHHUS], MPeIyCMATPUBAKOIIEr0 HATMYHE MOBTOPSIOIIMXCS CErMeHTOB [45]

Pa3Butne npo3odmibl oT sia 10 B3pOCHOi ocobu mpeacraBiaeHo Ha puc. 16-54. Ilepuon

9MOPHOHATIBPHOTO Pa3BUTUS HAYMHAETCS C MOMEHTA OIUIOJOTBOPEHUS U 3aHMMAeT IPUMEPHO CYTKH, B
KOHLIE KOTOPBIX 3apOJbIII BBUIYIUIAETCS M3 siilla M IpeBpallaeTcs B JIMYMHKY. Pa3BuTne NHMYUHKH
MIPOTEKAET B TPU CTAIMH, KaXYI0 U3 KOTOPBIX HA3bIBAKOT 803PACHOM C COOTBETCTBYIOILUM IOPSIKOBBIM
HOMEpPOM; BO3PacT 3aKaHUMBACTCs JIMHBKOM, Korja cOpachiBaeTcs cTapast KyTHKyJIa M oOpa3yeTcs HOBasd,
Oonee mpocTopHas. B KoHIlEe TpeThero Bo3pacTa JIMUMHKA OKYKINBACTCS. BHYTpH KyKOJIKH IIPOUCXOJHT
CYLIECTBEHHAs [1EPECTPOiiKa BCEX CTPYKTYp U uepe3 9 JiHel 1ociie oIuIoJOTBOPEHHUS MOSIBIISIETCS B3pocias
MyXa, U UMazo.
Teno MyXu COCTOHT W3 TOJIOBBI, TpeX TIPYIHBIX (TOpPAaKaJbHBIX) CErMEHTOB, obo3HawaeMbix T1-T3, u
JeBATH OpIOMHBIX (a0JOMUHAIBHBIX) CErMEHTOB, oOo3HauaeMblx Al-A9. Kaxnpii cermeHr
XapaKTepH3yeTcsi HeKUM OOLIMM IUIAHOM CTpOeHus, o0najas HpH 3TOM OTHAEIbHBIMH TONIBKO €My
npucymumu yepramu. Cerment T1, Hanpumep, cHaGkeH mapoi Hor, T2 - mapoif HOr U mapoif KpsUIbeB,
T3 - mapoii HOT U Mapoii Ky HOKAIBLEB — HEOOJIBIINX
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b o Puc. 16-55. Bo3HHKHOBEHHE CETMEHTOB TeJIa IPO30(UIbI B
annapata  lpyas  Bpowko npouecce sMOpUOHaIbHOTO pa3BuTHsl. [IpeacraBiaeHo Ha
[ PHCYHKaX (8u0 c60Ky) (A-B) M Ha COOTBETCTBYIOLIUX
MHKpPO(QOTOrpadHsiX, MOITYIEHHBIX C TOMOIIBIO
CKaHUPYIOLIETro EKTPOHHOro MUKpockona (1-E). A, I -
HOoCJIe JBYX4aCOBOI'O Pa3BUTHS YMOPHOH HAXOAUTCS Ha
CTaJNM CHHLUTHAIBHON OacTonepmsl (cM. puc. 16-57).
CermeHTaluy He HAOMIOJAETCSA, XOTS yXKE MOKHO
HAPUCOBATb (OKpaulenHble y4acmKiL) KapTy
HPE3yMIITHBHBIX 3a4aTKOB C PACIIONOKEHHEM Oy IyImx
cerMeHToB. b, /] - nocne 5-8 4 pa3BUTHS SMOPHOH
HAXOJHUTCS Ha CTAJUU Y UIMHEHHS 3apOJIBIIIEBOI MOIOCKH:
[IPOU30IILIA TACTPYIISIINUS, HAUMHAIOT HOSBIATHCS CETMEHTHI
U CErMEHTHPOBAHHAs OCh Tela yJIMHACTCS, U3rHbasch Ha
XBOCTOBOM KOHIIE ¥ Kak-OyATo npuHUMasi popMy SHIeBOM
obounouku. B, E - mocie 10 4 pa3BUTHS 3apOoAbIIIa OCh Tela
COKpAIIIAeTCs ¥ BHOBB BHIIPSIMIIIETCS, BCE CETMEHTHI YETKO
OIIpe/ieNIeHbl; CTPYKTYPHI TOJIOBBI, BUAUMBIE Ha 3TOH
CTa/lNM Ha OBEPXHOCTH JINYMHKY, HAUMHAIOT IIOTPYKAThCS
BITyOb HOCEHEH ¢ TeM, YTOOBI HOSIBUTHCSI BHOBB TOJIBKO
nociie okykiuBanusi. (1, /] - ¢ mo0Ge3HOro pa3peieHus
Rudi Turner, Anthony Mahowald; E - ¢ no6e3H0r0
paspewenus Jane Petschek.)

0.5 mm

OynIaBOBHIHBIX OaNaHCEPOB, HEOOXOMUMBIX JUIsl oOecriedeH s ojeTa (OHU 00pa30BaINCh B Pe3ysIbTaTe IBOMIOLNH BTOPOH Maphl KPHUIbEB, CYIIECTBOBABIIHX
y GoJsiee NMPUMHUTHUBHBIX HACEKOMBIX). Takas KBa3MIIOBTOPSAIOMIAS’CS CEIMEHTalHs Ooyiee BBIPAXKCHA Yy JIMYMHKH, y KOTOPOW CErMEHTBI BBINIAIAT Ooiee
YHU(QUIUPOBAHHEIMH; Ha Oolee paHHHMX CTagusax (y 3apopblliel) MOJKHO BHIETb, YTO 3aUaTKH TOJOBBI U YYacTKH, (HOPMHPYIOIIHE POCT B3POCIOrO
HAaCEKOMOT0, TaKoKe BBITVLIAT CeTMEHTHPOBAaHHBIMU (pHC. 16-55). I'paHHIIBI CETMEHTOB B JAHHOM CIIydae HOCSAT HECKOJIBKO YCJIOBHEIN XapaKTep,

reynb BPHOWKO

T1 T2 T3 Al A2 A3 A4 AS AE A7 AB

BHoas
BeinynNMBWAaRCA
nUuYHMHKa

IMBpUoH

Puc. 16-56. CerMeHTbI TNYMHKY APO30(UIBI U X COOTBETCTBHE
ydacTkaM OmactomepMbl. OOpaTuTe BHUMAHKE, YTO KOHIIEBEIE 00IacTH
0I1acTOJEPMBI COOTBETCTBYIOT HECETMEHTHPOBAHHBIM CTPYKTYpaM,
KOTOpbIE ()OPMHUPYIOT B OCHOBHOM BHYTPEHHHE 4aCTH JIMYMHKH, &

TaK)Ke CerMEHTHPOBaHHbIEC 3aUaTKH POTOBOTO ammapara B3pOociIoi UACTH I ( )
Myxu. CerMeHTaIuIo y 1po30(UIsl MOXKHO OIHCATH, HCIIONb3YS -;ﬁ;i%g';g reyas | BEPOWKO

TEPMUHBI «CETMEHTBI» UJIN «I1APAaCETrMEHTBI»; UX B3aHMOCBS3b yKa3aHa
B HIDKHEIT 4acTH pUCyHKa. J[0 CHX IIOp HE yCTaHOBJICHO TOYHOE YHCIIO
CErMEHTOB OpIOIIKa: HaJINIHe BOCBMHU JJOKAa3aHO, OTHAKO, BEPOSITHO,
nuMeercs U eBaThlid. Mn-manan0yia; Mx-makcuia; La-ryda

|Mn1MxiLg|T'|.1T2|T3i,q1-.,a2= A3 A4|As|AB| A7 AB|A9/10  Cermentel
i

[1]2]3]a[5]6]7][8]910[1]12]1314] Napacermensi
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M Ha 3TOT CYET HMEITCS 0cobble cornamieHus. [Ipu 0OCYKICHMM XapakTepa SKCIPECCHH TCHOB MbI YBHAMM, YTO B LEJIOM HPHHSATO TOBOPHTH O
cywecTBoBanuu 14 napaceemenmog (0603nauaembix P1-P14); 310 cocraBisieT MOJOBHHY YHCIIa TPAJULHOHHO ONpENe/sIeMBIX CerMeHTOB (puc. 16-56). U,
HAKOHell, Ha 000MX KOHIAX TeJIa )KUBOTHOTO PACIIONIOXCHBI BHICOKOCIICLUAIM3UPOBAHHBIC CTPYKTYPbI, HE HMEIOIINE CETMCHTAPHOTO IPOUCXOXKICHHUSL.

OOwuii IIaH CTPOCHHUS BCEro Tenia, [A€ IPEACTABICHBI [Ba CICHHAIN3MPOBAHHBIX KOHIA M HAOOp MOMYIMPYEMBIX MOBTOPCHHI OCHOBHOM
€/IMHHILBI, BOSHUKAET B PE3yJIbTaTe MPOLECCOB, KOTOPbIC IIPOUCXOIAT B SHLe H PAaHHEM SMOPHOHE B IEPBBIC YAChl II0CIIE OIUIOAOTBOPCHUS.

16.5.2. PazButHe Apo3o¢uibl HaUMHaeTcs ¢ 00pa3oBaHus cHHUUTHSA [46]

JmHa situa apozoduibl cocrapiser okono 400 MM, a quamerp okoio 160 MKM; siiilo o0nagaer spKo BbIpakeHHOH nossipHocThio. Kak u y
IPYTUX HACEeKOMBIX, pa3BUTHE SiI]a B JaHHOM CIydae IPOUCXOJHUT JOCTATOYHO HEOOBIYHO: B pe3yibTaTe IOCICOBATENBHBIX NCJICHUH sapa, He
COIPOBOJKAOIIMXCS JIENICHUEM [IMTOILIa3Mbl, BOSHUKACT CHHIUTHH. PaHHUE [eJeHns siep CHHXPOHHBI U IPOMCXOAAT B OBICTPOM TeMIIE - uepe3 Kaxible 8
MuH. B pesyinbTaTe nepBbix 9 AeleHMI BO3HUKACT Ipymmna saep, Oolblias 4acTh KOTOPHIX MHUTPUPYET U3 LICHTpA fila K MOBEPXHOCTH, Ie U (popMupyeTCs
MOHOCJION, HMEHYeMBIH cunyumuanvnou 0Oaracmooepmoti. Ilocne cmemyrommx 4 meleHW sipep IUla3MaTHYecKHe MeMOpaHBI IPOPAcTaloT BHYTPb OT
MIOBEPXHOCTH SHICKICTKN U OKPYXKAIOT KakHoe U3 siiep. Tak CHHIMTHAIBHAS OlacToepMa HPEBPALACTCs B KIEMOUHYIO 61acmodepmy, KOTOpask COOCPKUT
okono 5000 ornenbHBIX KIETOK (puc. 16-57). HeGonbluas rpymma sijiep, pacliojoKeHHbIX Ha CaMOM 3aJlHEM KOHIE fAiilia, 00pa3yeT KJIETKH Ha HECKOJbKO
IIUKJIOB JENICHHS paHbIIe. DTH NOAApHble KIemKy TPEeJCTaBIIOT CO00i MepBUYHEIC MOIOBBIC KIETKH, KOTOPBIC MOJIOXKAT HAadalo IOKOJICHUSIM SIMIEKICTOK
wn crepmueB. Kak u B npouecce nenexust y ampuoOuii, Beicokas ckopoctb peruukauuy JITHK TOpMO3UT TpaHCKpHILMIO, TaK YTO O CTAJHU KJICTOYHOM
OyacTofepMbl Pa3BUTHE B OCHOBHOM (XOTS M HE IIOJHOCTBIO) 3aBHCUT OT 3amacoB marepuHckoil MPHK u Oenka, HakamiamBaromuxcs B SHLEKIETKE 10
omtonorBopenus. Ilocne o6pa3oBaHUS KIETOK UX JENeHUs HPHOOpeTaloT Ooljiee NMPUBBIYHBIN XapaKTep, CTAHOBSTCS ACHHXPOHHBIMH, CKOPOCTb IEJICHUS
3aMeUIeTCS M PE3KO MOBBIIIASTCS CKOPOCTh TPAHCKPHUIILIHH.

3apopIi APO30(UIBI Ha CTAJHU KICTOYHOH 6JaCTOICPMBI COOTBETCTBYET I10JI0# OacTysie aMbuOnil I MOPCKHX €XKell; OTIHYUE KE COCTOHT B
TOM, 4TO Onactyna aM($uOMIl U MOPCKUX €XKeH 3alloJHEeHa XKUAKOCTBIO, a B IIEHTPE 3apojbllla Ha JTOH CTaJUM Yy HACEKOMBIX PACIIONAraercsl >KeITOK.
lacTpynsuust HauMHAETCsl IMOCJE OOpa3oBaHMs KIETOK. XOTS Y HACEKOMBIX I'€OMETPHsS 3TOrO Ipoliecca HOCHT KpaiHe crenu(puueckue 4epThl, oOummit
pe3yJIbTaT CXOZCH: Onarofapsi KOOPAMHUPOBAHHBIM JBIKCHMSM KICTOK BIOJIb OCH SMOPHUOHA BOSHMKACT KHIUCYHAs TPYyOKa M3 SHTOACPMAIbHBIX KIICTOK;
TpyOKa OKpY)XeHa Me30JepMOii, KOTopasi 3aHUMaeT IIPOCTPAHCTBO MEXAY 3TOIl TpyOKOil M HapyKHBIM JIHCTKOM SKTOJIEPMBL. B XoJie racTpyisiuuu JUIMHHAS
0Ch IMOpHOHA CHAaYaJla BBITATUBACTCSI («yUIHHCHHE

MonApHan nnaima

Comatwueckue Knetku

___ NonApHeie
KNETKK

OnnogoreoperHoe AMyo MHOMECTBO RAEP B CHHULWTHK Hapa murpupyioT Ha nepuepio,
HaYWUHaHT ¢I€J1IMH|’.J€_IHH?M.R
TPEHALLE KNETOK

Puc. 16-57. PazButue siina 1po30(puiisl OT MOMEHTa OIUIOZOTBOPEHUS JI0 CTaIiy KieTouHoi 6mactonepmbl. [H.A. Schneiderman, in Insect Development (P.
A. Lawrence, ed.), pp. 3-34, Oxford, U.K., Blackwell, 1976.]
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Puc. 16-58. Kapta npe3yMnTHBHBIX 3a4aTKOB IMOPHOHA Ip030(HIIbI HA CTaMU KIECTOYHOU O1acToepMbl (BH COOKY M IOIIEPEUHBII pa3pes), pacKphIBaIOIIast
CBsI3b MEXY IU((HEepeHINPOBKOIN BaXKHEMIINX TUIIOB TKaHEH B JIOPCOBEHTPAILHOM HAIPABICHUH M PACIIOJIOKEHHEM CErMEHTOB BJOJIb IIEpPE/IHE3aIHEl OCH.
VTouleHHas TUHUSA OKPY)XKAET Y4acTOK, Iie (POPMHUPYIOTCS CErMEHTHPOBAHHBIC CTPYKTYPBI. B mporiecce racTpy isiuu KICTKH, PaCHOI0KEHHbIC BIOIb
BCHTPAJIBHON CPEANHHON JIMHUHU, HHBArHHUPYIOT, 00pa3ysi ME30epMy, a KICTKH, KOTOPBIC MO3KE CHOPMHUPYIOT ITHILECBAPUTEABHBIN TPAKT, HHBATHHUPYIOT
BOIM3HU 000MX KOHLOB dMOpuoHa. (V. Hartestein, G. M. Technau, J. A. Campos-Ortega, Wilhelm Roux Archiv Dev. Biol., 194, 213-216, 1985.)

3apOABILIICBON [OJOCKM») M 3aT€M BHOBb YKOPAdMBACTCS («COKPAILCHHE 3apOJbIIICBOI IIOJOCKW»); B PE3yIbTaTe YIAJIMHCHHS OCh Tela H3rHOACTCS B
COOTBETCTBHUHM C YIIAKOBKOH 9MOpHOHA 1O siiilieBoit 060noukoi (puc. 16-55).

Habmozast 3a moBeJGHUEM KIETOK B XOZE CIOXHBIX TaCTPYJISIHOHHBIX ABIDKCHHN, MOXXHO HapHUCOBATh KaPTy MPE3yMITHBHBIX 3a4aTKOB IS
MOHOCJIOSI KJIETOK, PAacCIIOJIOKEHHBIX Ha IMOBEPXHOCTH Oyactomepmsl (puc. 16-58). Kapra npe3yMOTHBHBIX 3a4aTKOB BBIJISIIUT Hauboliee MPOCTO Ha
HONEPEYHBIX CPE3axX 4Yepe3 CPEJHIOI 4acTh 3MOPHOHA; 3]ech Oyylas Me30iepMa PacIoioKEeHa BEHTPAIbHO, a Oy/ylias SKTojepMa HaXOAUTCs 1o obe
CTOPOHBI OT Hee. B aHHOM Cilydae Kak M y IO3BOHOYHBIX BJIOJIb BCETO TEJa MPOXOMHUT BBITSHYTOE CKOIUICHHE HEPBHBIX KJIETOK, BOSHMKAIOIIUX M3 YaCTH
9KTOACPMBI. B pa3sBUTHM HACEKOMBIX MBI HAaXOJUM STallbl, COOTBETCTBYIOIIMC HE TOJBKO FacTPYJALUH W HEHPYIALNH, HO U OOPAa30BAHHUIO COMUTOB: IIO
3aBEPIICHUH TacTPYJSIIUM Ha ITOBEPXHOCTH SMOpHOHA HAONIONAIOTCS OOPO3IKH M BBICTYIBI, OTMEUAIOIIUE MOAPA3/IeNiCHIe Tela Ha IapacerMeHTHl BJOJIb
nepenHesaanei ocu (puc. 16-55). bosee TouHble TECThI MOKA3BIBAIOT, YTO OCHOBHBIC YEPThl TAKOW CETMEHTAPHOW CTPYKTYPhI ONPEICISIOTCS YXKE Ha CTaAuU
KJICTOYHOH 01aCTOAECPMBI 10 Hayaa racTpyIsLuH.

16.5.3. Tlnan cTrpoeHHst SMOPHOHA KOHTPOIMPYETCS B ABYX NPSAMOYTOJbHbBIX CHCTEeMAaX KOOpAUHAT [47]

Jlns ynpoleHnst OpHeHTaluy Ha GiacTojepMe MPHHATO MOJIb30BaThCsl ABYMS KOOPAMHATAMM - YCIOBHBIMH IIMPOTOH M JONTOTOH. BblTo Tarke
II0Ka3aHoO, 4TO, COITIAaCHO T'€HEeTUUECKUM TecTaM, (pOopMHpOBaHKE IPOCTPAHCTBEHHON OPraHU3aIMHU IIPOUCXOIHT 32 CUET ABYX MEXaHU3MOB, OUH U3 KOTOPBIX
omnpeJeNseT OPraHU3allMIo IO JOPCOBEHTPAIbHOW OCH, a APYrod - mo mepenHesanHeid. JlopcoBeHTpalbHas OCh KOHTPOIMPYETCS TPYHIIOH, COCTOSAIIEH
npuMepHO u3 20 reHOB: MyTAIMH JIO00r0 M3 HMX HPHUBOJAT K Pa3BUTHIO SMOPHOHOB, KOTOPHIE KaK Obl «JIOpCAIN30BaHbI, T. €. JUIICHB BEHTPaJIbHBIX
CTPYKTYp, MU «BEHTPAIU30BaHbI», T. €. JIUMIICHBI JOPCAIBHBIX CTPYKTyp. Jlpyras rpymma, cocrosimas npuMepHo u3 50 reHoB, KyAa BXOMASAT I€HbI
CErMEHTAlMH U TOMEO3UCHBIE CEJIEKTOPHBIE TEHBI, YK€ YIIOMHHABLINECS PaHee, KOHTPOIMPYET NPOCTPAaHCTBEHHYIO OPTraHU3allUIO BJOIb NepeaHe3a el ocu.
MyTauun 3TUX T'CHOB NPUBOAAT K PAa3BUTUIO 3MOPHOHOB, y KOTOPBIX JIMOO OTCYTCTBYIOT KakKHe-TMOO 3JIEMEHTHI BJIOJIb HEpeJHEe3aJHel ocH, MO0 3TH
3JIEMEHTHI Y IUTHLPOBaHbL. XOTs K HACTOSIIEMY BPEMEHH MHOTHE TeHbI U3 00CHX IPYIIIT KIIOHUPOBAHBI M JAXE OMNpPE/ICICHBI X OCIKOBBIC IIPOTYKTHI,
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TEM HE MEHEe MBI OTPAaHHYHUMCS PACCMOTPEHUEM IIPOCTPAHCTBEHHOH OpraHU3aliy 3apobIIIa TOIKO BIOJIb epeHe3a Heil OCH.

16.5.4. [lepenne3aansisi HOJSIPHOCTH IMOPHOHA KOHTPOJMPYETCS] CHTHAJIAMH ¢ 000MX KOHIIOB siiiia Apo3o¢uinl [48]

VcxomHas HOJSIPHOCTD SIMIIEKIICTKU KOHTPOJIMPYETCs paclpeielIieHHeM BEIIECTB, 3allaCeHHbIX 10 OIUIOAOTBOPEHUS B IEPUO HAXOXKICHHS OOLUTOB
B stmaHKKe (puc. 16-39). Ecnu Ha nepenHeM KOHIIE SHIEKICTKH APO30(UIIBI IPOIETATh MAICHBKOE OTBEPCTUE C TEM, YTOOBI BHITEKIO HEOOIBIIIOE KOTUYECTBO
IIUTOILIA3MBbl, PACIIOJIOKCHHONW B CaMOil MepefHeil 9acTH KIETKU, TO YMOPHOHBI TEPSIOT CIIOCOOHOCTH (JOPMHUPOBATH CTPYKTYpPHI ToI0BEL Bonee Toro, eciu
BMECTO yTPAyeHHOW IMTOIUIA3Mbl NEPEAHEro KOHLA HHBELMPOBATh LMTOIUIA3My 3aJHEr0 KOHLA M3 APYroil SHUEKIeTKH, TO B NEepeIHel MOJIOBHHE
SIALEKIIETKU-PELIMITUCHTA BOSHUKHET BTOPOI HaOOp OPIOIIHBIX CErMEHTOB ¢ 00paTHOMU MOJSIPHOCTHIO (puc. 16-59).

Beumn mieHTHOUIMPOBAHEl MYTAIHU, NPUBONIME K NOZOOHBIM HapyIICHUSM CTPYKTYpHI IlepefqHel wmnu 3ajxHeil dactedl sMmOpuoHa. I'eHbI
NOJISIPHOCTH SIiiIa, KOTOPBIC OBLIM OOHAPYIKEHBI C HOMOIIBIO TAKUX MYTAHTOB, SIBIISIFOTCS IIEPBBIMH JJIEMEHTAMU HEPAPXUYECKON MEHETHYECKOH CHCTEMBI,
yudacTBymomeil B (GpopMHUpPOBaHUM INPOCTPAHCTBEHHOM OpraHM3allMM BIOJIb IEpeHe3afAHei ocH. ['eHbl MOJSAPHOCTH filla OTHOCATCS K YMCIY T'€HOB,
TPAaHCKPHOHUPYEMBIX B MaTEPUHCKOM I'€HOME B XOJ/I¢ OOT€He3a; HX 3allaceHHbIE MPOMYKTH HAYMHAIOT JeHCTBOBAThH BCKOpE Hocie omionorsoperus. Io sroit
npuIrHe HSHOTUII IMOPHOHA ONPENEIICTCS aUICIISIMI MAaTepH, a He COYETAaHHEM OTLIOBCKHX U MAaTEPHHCKUX ajuleliel, IPeICTaBICHHBIX B CAMOM 3MOpHOHE.
I'eHbl, 9KCIpeccHpyeMble TAKUM 00pa30M, Ha3bIBAIOT FeHAMH MaTePHHCKOro 3¢ deKTa.

Y MaTepei-roMo3HuroT o MyTaluH IOJIIPHOCTH siina bicoid 00pa3yroTcs S9MOPHOHBI O3 TOJIOBEI M TOPAKaIbHEIX (TPYIHBIX) CTPYKTYp H 3a CUeT
9TOro abJOMHHANBHEIC (OPIOIIHBIE) CTPYKTYPhl 3aHMMAIOT HEOOBIYHO OOJBLIYI0 YacTh BCErO Telia; B CBOIO O4YepeAb MyTalHs IOJSIPHOCTH siiua oskar
MPUBOAUT K OOPa30BAHUIO 3apOJBILICH, MOJHOCTHIO JIMIICHHBIX a0JOMHHAIIBHBIX cerMeHTOB. (HecermMeHTHpoOBaHHBIE CTPYKTYpbl OOOMX KOHLIOB Tela
HAXOJITCS Ha 0COOOM ITOJIOKEHHUY: OHH HE 3aTPAaruBaloTCs STHMH MyTallUsIMH, HO MOTYT HCUE3HYTbh BCIIEACTBHE MYTAIHI 0750 M HEKOTOPBIX IPYTHX.)

MepeaHmia 3aaHniA
KoHey KOHey

HopmansHoe MecTo yxona , 4epes KoTopoe NHbeKymA YacTu uuTonnasme
onnoAcTaopeHHDE BbITEKART 43CTh UWATONNA3MbI 3aAHErD KOHLE U3 ARLEK NETKH-
ARYo € NepeAHero KoHua AOHOPA B NepeaHuii KoHew

ARLEKNETKW PeuUnWeHTa

l 3MBPMOH PA3BMBAETCA A0 NWYMHOMHOI CTEAWMK J

HopmanbHaA nu4nHKa NuunHka , UMerowan asa
3afHMX KoHUa

Puc. 16-59. Jlokanu3oBaHHbIE JETEPMUHAHTHI HAa KOHLAX I APO30(UIIBI ONPEEISIOT €ro MepeIHe3aqHIO MOMSPHOCTh. Ecin Ha nepeHeM KoHIIE stifia
YaJIHUTh HEOONBIIOH y9aCTOK UTOILIA3MBI U 3aMEHUTB €r0 [IUTOIUIA3MOM ¢ 3aJHETO KOHIIA, TO BO3HUKAeT aHOMaJIbHAs JINYMHKA, HMEIOMIast 1B 3aIHUX KOHIA
(¢pomo cnpasa); Ha $HOTO clieBa MpeCTaBICHA HOPMaIbHAs TMYMHKA. JImanuku chororpaduposansl B TeMuoM noie. [H.J. Frohnhofer, R. Lehmann, C.
Nusslein-Volhard, J. Embryol. Exp. Morphol, 97 (suppl.): 169-179, 1986.]



115

Myrauuu bicoid n oskar TPUBOJAT K OTCYTCTBUIO COOTBETCTBYIOIIMX T'CHHBIX MPOAYKTOB. DTH MYyTallMd MOXKHO YCTPaHHTh IOCPEACTBOM
HNHBEKLMY MYTAaHTHBIM SMOpPHOHAM HOPMaJIbHOI LUTOIUIa3Mbl. MyTaHTHI bicoid pa3BUBAIOTCS CPABHUTENBHO HOPMAIBHO IOCIEC MHBEKIUH LMTOIIIA3MBbI
MepeIHEro KOHIIAa HOPMAaJbHBIX SMOPHOHOB B INEPEIHMH KOHELl MYTAHTHOIO Silia, a MyTaHT oskar HOPMalM3yeTCsl BCIEACTBHE WHBEKLUM LUTOILIA3MbI
3aJHEr0 KOHI[a HOPMaJILHOTO 3MOpHOHA B Oyayumid OpIOIIHOM OTaen MyTaHTa. B 00oux ciiyyasx HOpMalbHBINH I'€HHbIH MPOIYKT JOKAIM30BaH HA OJHOM U3
KOHLIOB Sifilla U JEWCTBYET KaK UCTOYHUK ONPEEIEHHOI0 CUI'HaIa, KOHTPOJIUPYS BOSHUKHOBEHUE MO3ULIMOHHbIX 3HAUEHUH BJIOJIb IIEPEAHE3aIHEN OCH.

MonekyIIpHO-TeHETHIECKHE IKCIICPHUMEHTBI MO3BONMIM MPOSCHUTH cuTyanuio. C momoupio rHOpuam3anuu in situ kiaonupoBaHHbIX KIHK-
30H110B bicoid Obl10 MoKa3aHo, uto MPHK, cooTBeTcTBYyIOIIas TeHy bicoid, KOHIEHTPUPYETCsS Ha nepeaHeM KoHue siina. Mcxonno sta MPHK cuntesupyercs
B SIMYHUKE MHUTAIOIMMH KIETKaMHU, CBSI3aHHBIMU € ooluTaMH (cM. pasa. 16.4.1, puc. 16-39). ITo Mepe nepemeruenus bicoid-mPHK 10 HUTOIIa3MaTHIECKUM
MOCTHKaM B OOLIUT OHA IMPUKPEIUISETCS K HEKOTOPHIM KOMIIOHEHTaM IMTOIUIa3Mbl (BEPOSITHO, K 3JIEMEHTaM LIUTOCKENIETa) Ha NEPEJHEM KOHIE OOLUTA.
TpaHcnAMs HAYMHACTCS TOJIBKO MOCIE OTKIAAKH siiia. B pesynbraTe BO3HHKAeT rpaJueHT KOHLEHTpaluu Oenka bicoid ¢ MaKCHMyMOM Ha TIepeHeM KOHLE
oMOpHoHa. I'paJMeHT KOHLEHTPALMUd MOXKHO M3MEHHTb TEHETHYECKH, CO3[aB MYyTaHTbI, HECYL[HE MHOXXECTBEHHbIC KOIIMH HOPMAJbHOIO reHa bicoid: ¢
YBEJIMYEHHEM JI03bl I'€Ha y Marepd yBEIMYMBAETCS KOHLEHTpauus Oenka B siine. COOTBETCTBEHHO MPOMCXOJUT CMEIICHUE CErMEHTOB 3MOpHOHA IO
HAIPAaBJICHHIO K 3aJHEMY KOHILY, IaK€ HECMOTPS Ha TO, YTO UX PACIIOJI0KEHHE ONPEeIIeTCs O3HIMOHHONW HH(pOpMaLueid, BO3HH-

rPAAVEHT BENKA BICOID
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Puc. 16-60. I'panuent Genka bicoid B siinexeTke Apo30dHIIBI U €ro BIMSHUE HA CTPYKTYPY cerMeHToB. I'pajiueHT 0OHapykuBaeTcs mpu 06paboTke
aHTUTENIaMH NpOTHB Oenka bicoid; XxapakTep cerMeHTalny BBISBIISCTCS IPU OKPAILIMBAHUH AaHTHTENIAMHU K MIPOIYKTY T€Ha TPYIIIbI pair-rule, UMEHyeMoro even-
skipped (cm. pa3n. 16.5.5). CpaBHUBaIOTCS TpH IMOPHOHA: HE UMEIOLINI I'eHa bicoid, MO O/IHY KOIHMIO 3TOT0 F'eHa U MMeroLIHid 4 kornuu. B oTcyTcTBHE
reHa bicoid cerMeHTHI Ha NepeHeM KOHIIEe He GOPMHPYIOTCS; C YBEIMYCHHEM J03bI TeHa OHH (POPMHUPYIOTCSI BCE JalIbIle OT HEPEAHEro KOHIA 3apobliia, KaKk
eci Obl MX PacIoIOKEHUE ONPEAEIIIOCh KOHIIEHTpaluel Oenka bicoid B 1aHHOM yudacTke. Mi3MeHeHue 3TOM KOHIIEHTPAIMH, KaK CIeIYeT U3 HHTEHCUBHOCTH

OKPACKH, MOXKET OBITh IPEICTABICHO B BUJE rpaduka. HecMOTps Ha 3HAYNTEIBHBIC PA3IHYMs B PACHIOIO0KEHHH 3a4aTKOB CETMEHTOB, KOTOPBIC
00HapYKHBAIOTCS MEXILY SMOPHOHAMH C OJJHOU U C YETHIPbMsI KOIHSMH I'eHa, U Te, U Apyrue o0pasyloT BIIOJIHE HOPMaJIbHBIC JINYMHKH ¥ B3POCIBIX 0CO0E.
MexaHu3MBbI Takoil peryasuuu oocyxaarTces B paza. 16.4.9.
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KaloILeH 1o IeWiCTBUEM KOHLCHTpalmu Oeska bicoid B qanHOM yuactke (puc. 16-60). Ot cooOpakeHus O3BOJISIOT OTHECTH JaHHBII OelIOK K MopdoreHam
(cm. pasn. 16.4.2).

16.5.5. JleiicTBHe Tpex KJIacCOB FreHOB CerMeHTAIMM MPUBOIUT K MOApa3/ieleHuI0 SMOPHOHA HA cerMeHThI [49]

IIpoyKThI F€HOB MOJISIPHOCTH siiil[a 00ECIICYNBAIOT MOSIBICHUE YHUBEPCAIBHBIX IPayalbHbIX CUTHAJIOB, ONPE/ICISIONMX BOSHUKHOBECHUE CHCTEMBI
OT/IENBHBIX CETMEHTOB. DTOT IPOIECC 3aBHCHT OT JNEHCTBHS FeHOB CerMeHTAIMH, 00pasylomuX rpymmy npuMepHo u3 20 reHoB. MyTaluu 3THX T'€HOB
CIIOCOOHBI I3MEHATD YHCIIO CETMEHTOB HIIM MX OCHOBHbBIEC BHYTPEHHHE CBOWCTBA, HE 3aTparuBas OOILY0 IIOJIAPHOCTS siiIa. I'eHbl CEerMEHTaLNH 110 CPABHEHHUIO
C reHaMH MOJSIPHOCTH sila AeHCTBYIOT Ha Gonee mo3aHux cragusix. C yu4eToM AEHCTBHUs 3THX TeHOB (PeHOTHI IMOpHOHA OYAET MOJHOCTHIO HIIM YACTHYHO
OIIPeeIIATECS TEHOTUIIOM SMOPHOHA, a He TOIbKO MaTepu. Takum 00pa3oM, 3TH TeHBI ClIelyeT OTHECTH K IPpyIIIe IeHOB I (heKTa 3UTOTHI.

BonbIIMHCTBO MyTaluii I'€HOB CErMEHTAIMH JIETANBHBI; WX 3((EKT He HPOSBISAETCS Y B3POCIBIX MyX, HOCKOJIBKY MYTaHTHI MOTHOAIOT, He
JIOCTUTHYB NPOABHHYTHIX CTajguil pa3ButHsa. OJHAKO TAaKHE JICTalIbHBIC MyTALMH MOIYT PACIPOCTPAHATHCS B PELIECCUBHOM COCTOSIHHHU (KaK 3TO OOBIYHO M
6b1Baet). Cire1oBaTeNbHO, )KU3HECIOCOOHBIMH OKa3bIBAIOTCS TETEPO3UIOTHI, 00IaMaloMue ABYMs KOIUSIMH I'€Ha: OJHON HOPMAaIbHOW M JPYroil MyTaHTHOM.
Ilpu ckpemmBaHWM T'EeTEPO3HIOTHBIX POJUTENCH YETBEPTYIO YacTh IOTOMCTBA COCTABIISIIOT IOMO3MIOTHI, HECyIIME JBE KONMM MYTAaHTHOTO reHa. Takme
HOTOMKH IOrH0aloT NMPEeXKICBPEMEHHO Ha IMO3JHUX 3MOPHOHAIIBHBIX MM PAHHUX JUYMHOYHBIX CTAAUAX, HO OHM JKHBYT JOCTATOYHO JOJITO, YTOOBI MOT
IPOSIBUTHCSI N3MEHEHHBIH (eHoTHI. [TouTH BCe reHbI CerMEHTAMU OBUTH OOHApY)KCHBI B pe3yJbTaTe BO3AEHCTBUS Ha MyX MyTareHaMH U IIOCIICIYIOLIEro
U3yYEHUsI JICCATKOB THICAY MOTHOAFOIINX JITYMHOK, KOTOPBIC OBIIN MOJyYCHBI B PE3y/IbTaTe CKPEIIUBAHUS MYTaHTHBIX (hOPM.

T'eHbl cerMeHTalMu MoapaszesAoT Ha TpU Kiacca (puc. 16-61). IlepBbiMu B AeHCTBHE BCTYNAIOT MO MEHbLICH Mepe Tpu gap-reHa, AeHCTBUE
IPOAYKTOB KOTOPBIX IIPUBOJHUT K MOSBICHHUIO HanOoiee Tpy0doro moapasnesieHus SMOproHa. MyTanuu JII000To gap-eena CONPOBOXKAAIOTCS MCUE3HOBEHHEM
OOIIMPHBIX yYacTKOB IIOCIIEIOBATENIbHBIX CETMEHTOB, a MyTAllMH Pa3IN4YHBIX gap-2eH08 TPUBOJAT K TIOABICHUIO PA3IMYHBIX, HO YacCTUYHO
nepekpeiBaomuxcst nedexros. Hampumep, nuunnka mytantHas mo reny Krippel numena 8 cermentoB oT Tl 10 A5 BKIIOYHTENBHO (COOTBETCTBEHHO
napacermeHTsl P3-P10).

rEH NONAPHOCTW CEMMEHTA
GAP-TEH (Krippell PAIR-RULE-TEH leven-skinped) (gooseberry)

JI.'\“'I

Puc. 16-61. deHoTHIIYECKOE POSBICHUE My TALHi, 3aTPAarMBaOIMX TPH THIIA TCHOB CErMEHTALMU. B Ka)10M Cily4ae y4acTKH, BBIICICHHBIC [IBETOM Y
HOpPMaJIbHBIX JIMYMHOK (C/1€6a), y MyTaHTa JeICTHPOBAHbI HIIM 3aMEHEHBI 3€PKaJIbHBIMH IIOBTOPAMH HE 3aTPOHYTHIX Y4aCTKOB. JJOMUHAHTHBIC MyTALUK
NPUHATO 0003HAYATH IPOMUCHBIME OYKBAMH, & PELIECCUBHBIE - CTPOYHBIMU. HECKOIIBKO MY TAlIii, 3aTParuBaIOIIMX CTPOEHUE Tela PO30(IIIbI, OTHOCAT K
JIOMHHAHTHBIM BCIICJICTBHE UX BBIPAKCHHOI'O BIIMSIHUS Ha (PEHOTHII FETEPO3UTOT, XOTSI 10 OCHOBHOW XapaKTepHCTHKE (JeTaibHOMY 3 deKTy) OHM
PELECCHUBHBIL, T.€. HPOSIBIAIOTCS TONIBKO y Tomo3uroT. (C. Niisslein-Volhard, E. Wieschaus, Nature, 287, 795-801, 1980; ¢ HeGonpIMMH H3MEHEHHSMA. )
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Crienyronmmi reHaMi CerMEHTALNH, BCTYAIOIINMHY B ICHCTBHE, SBISIOTCS 8 reHOB pair-rule. MyTaruu 3THX I'€HOB BBI3BIBAIOT CCPUIO ACICLHIA,
HOBPEK/IAIOMINX YEPELYIOIIHECs CErMEHThI, YTO NPHBOAUT K COXPAHCHUIO TOJIBKO IOJIOBHHBI CErMEHTOB. Takas mapHO-CErMEHTapHas IepHOAMYHOCTD
XapaKTepHa JUlsi BCeX MyTaHTOB 110 T€HaM pair-rule, HO OHM OTIMYAIOTCS I10 JIOKATU3ALUK MYyTAlUi B TPaHUIAX CETMEHTOB MM MapacerMenTos. Hampuwmep,
OIIH M3 MYTAaHTOB pair-rule, IMEHyeMbIil even-skipped, TepsieT BCe YETHBIC MAPACETMEHTHI, a IPYrou -fushi tarazu (fiz) - TepsieT Bce HEUYETHBIC MAPACETMEHTHI.
MyTauus 3Toro e Kiacca, Ha3BaHHas /iairy, NPUBOJHUT K HCUE3HOBEHHIO CEPUH YYACTKOB OJIMHAKOBOI IIMPUHBI, KOTOPBIC HE COBNAJAIOT C apacerMeHTaMHu.
Haxkowen, cymectByer okoi0 10 reHOB HOJIIPHOCTH CerMEeHTOB. MyTallMM 3THX TCHOB IPUBOIAT K yTPATe 4AaCTH CCIMEHTA M €€ 3aMEIICHUIO 3ePKaIbHOM
KOIHEH Bcero cerMenTa ambo ero wactu. Hampumep, y MyTaHTOB gooseberry 3ajHsisi IOJOBHHA KaKJOTO CETMEHTA, T. €. NMEPEAHSS IIOJOBHHA KaKIOTO
[IapacerMeHTa, 3aMEeHETCs I0YTH 3ePKaJIbHO [IEPEBEPHYTON NepeiHel T0JOBUHOM COOTBETCTBYIOLIETO cerMeHTa (cM. puc. 16-61).

AHamn3 (eHoTHIa pa3NUYHBIX MYTaHTOB II0 TIE€HAM CETMCHTALMM IMPUBOAUT K IIPEMONIOKCHHIO, YTO TCHBI CErMEHTAUUH (HOPMHPYIOT
KOOPAMHUPOBAHHYIO CHCTEMY, KOTOPAst ACIUT PAa3BUBAIOLIHICS SMOPHOH Ha BCe OOJICe MEIKHE JOMEHBI, PA3IMYAOIIUECS 110 XapaKTepy FeHHON IKCIPECCHH.
U 31ech MONEKyIIpHas TeHETHKA TaKKe MO3BOJIACT U3y4aTh MEXaHH3MBI, JISKAIHE B OCHOBE JICHCTBHS 3TOH CHCTEMBI.

16.5.6. JIokanu3oBaHHAasl IKCIPECCUs TEHOB CerMEHTALIMH Pery/JnpyeTcs HepapXu4ecKoi CHCTeMOil NO3UIHMOHHbBIX
cUTHAJIOB [44, 50]

HecKoIbKO I'€HOB M3 KaXKIOH IPYIIBI TCHOB CErMEHTALMK OBLIO KJIOHMPOBAHO M COOTBETCTBYIOLIMEC 30HIBI MCIIOJIB30BAHBI UL JIOKATH3ALNN
TPAHCKPHIITOB B HOPMAJBHBIX YMOPHOHAX [0 METOIy TMOPUAN3AIHMY in situ (cM. pasz. 4.6.11). Ml yxxe oOcyxkaanu paHee, Kak 9TOT METOJ ObIT HCIOJIb30BaH
VISl IEMOHCTPALMH TOTO, YTO TPAHCKPHUIITHI TeHa bicoid SBIAIOTCS MCTOYHUKOM ITO3UIIMOHHOTO CUTHANA: TPAHCKPHUITHI JIOKAIHU3YIOTCS Ha OJHOM M3 KOHIIOB
siina, XoTs 3(GQEKThl MyTalMu T'eHa PacHpOCTPAHSIOTCS Ha OOJbLIyI0 4YacTh IMOpHOHA. [10J0OHBIM 00pa3oM OBLIO MOKAa3aHO, YTO HEKOTOPBIC T'€HBI
CEIMEHTAIMN (2 MUMEHHO gap-2eHbl) B CBOIO OdYepenb INPSMO HIM KOCBEHHO YYacTBYIOT B (DOPMHPOBAHHMH IIO3HIMOHHBIX CUTHAJIOB, KOTOPBIE ITO3BOJISIOT
KOHTPOJIMPOBATh XapakTep pa3BUTHS B OimkaimeM oxpyxeHud. Hanpumep, MyTaHThI, AedexTHble 10 gap-ceny Kriippel, o0nagaioT BBIPaKEHHOM
AQHOMAIIMCH, PAaCIpOCTPAHSIONICHCS Yepe3 y4acTOK, IA¢ ObUIM BBISBICHBI TPAHCKPHIITHI JAHHOTO EHAa B HOPMAJIBHOM 3MOpDHOHE, a TaK)Ke Ha HECKOIBKO
CEIMEHTOB 3a ero npeznenamu (puc. 16-62). I'en Kriippel ObI1 ceKBEHHPOBAH U OKa3aJICsl TOMOJOTHYEH (PaBHO, KaK U IpYyroi gap-een-hunchback) cemeiictBy
T'€HOB, O KOTOPBIX H3BECTHO, YTO Y IO3BOHOYHBIX OHH KOAUPYIOT
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Puc. 16-62. IIpocTpaHCTBEHHbIE JOMEHBI, B KOTOPBIX AeHCTBYeT Oap-een Kriippel, xkapTupoBaHHBII Ha GnactonepMe npo3odmuisl. 4. Ha pucynke nokasaso,
Kak eeKT, BEI3BAHHBIA OTCYTCTBHEM (pyHKIMOHAIBHOTO poayKTa Kriippel, mpoctupaercs 3a npeieibl y4acTka, B KOTOPOM B HOPME JIOKaJIH30BaHbI
TpaHCKpHITHI Kriippel. B. HopmanbHoe pacnpeneneHue TpaHCKpUnToB Kriippel cornmacHo pe3yiabTaTaM FHOpUIU3AIMY in situ Ha cTaguyu 61acTOAEpMEL B.
Hopwmansnoe pacnpenenenue 6enka Kriippel, BBIIBIsEMOE ¢ TOMOIIBIO OKPALINBAHKS aHTHTEIAMH Ha 9TOH ke cTanuu. Ha apyrux craausax 6enok MoxeT
ObITh pacpocTpaneH 6omee mupoko. GeHOTHUI MyTaHTa, y KOTOPOro OTCYTCTBYeT HyHKIHOHANbHBIH npoaykT Krippel, yka3au Ha puc. 16-61, A. (b - uz H.
Jackele, D. Tautz, R. Schuh, E. Seifert, E. Lehmann, Nature, 324, 668-670, 1986; B - u3 U. Gaul, E. Seifert, R. Shuh, H. Jackle, Cell, 50, 639-647, 1987,
copyright Cell Press.)
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100 mxkm

Puc. 16-63. [1pu rubpuan3anuy in situ paguoaxrusnoro JJHK-30uma 1uist rena fiz ¢ 6nactomepmoii Ipo30d bl Cpean MPOAYKTOB TPAHCKPHIIIUH JAHHOTO
reHa 0OHapyXKHBACTCS CEMb OJIOC, YTO COOTBETCTBYET HPOSBICHUIO 1e()EKTOB ¥ MyTaHTOB no fiz. Ha paguoaBTorpade moaocsl 3KCIPECCHH fiz BBISIBISIOTCS
Ha IIPOJIOJIEHOM Cpe3e B BUJIE YEPHEIX TOUEK, 00pa30BaHHBIX 3epHaMu cepebpa. (C mobesznoro paspemenus Philip Ingham.)

JHK-cBsi3pIBatoIue peryasitopuele Oenku, Bkiaroyas ¢akrop tpanckpunimu TFIIA y Xenopus (cMm. pasa. 9.1.9). Bo3Hukaer co0ia3H MPEANONIOKHUTh MO
aHanorud ¢ bicoid, uro 6enok Kriippel B pomn nuddynnupyromero Mophorena pacpocTpanseTcs U3 ydacTka TpaHCKpHIIuK Kriippel, XoTs HabmonaemMoe
pacrpocTpaHeHue Oenka He CTOJIb OOIIMPHO, KaK TpeOyeTcst B COOTBETCTBUH C 3TOH THUIOTE30.

HekoTopble TeHbI IPYNIBI pair-rule y4acTBYIOT B Iepeaye CHUTHAJIOB Ha 0ojee KOPOTKHE PACCTOSHUS, OKa3bIBasi BO3JICHCTBHEC HAa KICTKH,
COCEZCTBYIOIHE C yJaCTKaMU TPAHCKPHUIIIMU 3TUX I'€HOB; APyrHe TeHbl, HAPOTUB, OKAa3bIBAIOT BO3/EICTBHE HA PAa3BUTHE TOJIBKO B TEX yYacTKaxX, II¢ OHU
TpaHCKpHOHpyIoTCcs. Hanpumep, TpaHCKpUNTH HOPMaJIBHOI'O T'eHa fiz Ha CTAJUH OJAaCTOAEPMbI IPOSIBIIOTCS B BHIE CEMH KOJIBLIEBBIX IIOJIOCOK, Hanogpobue
noJioc y 3¢0psl (puc. 16-63), OTMEUAIONMX HIMPUHY U PACTIOI0KEHUE 3a4aTKOB YETHBIX TaPACETMEHTOB, KOTOPBIC YTPAYHBAIOTCS Y MyTaHTOB fiz.

ToxBoas uTorn STUX HAOIIOAEHMIT, MOXKHO IPEIIONOKUTE, YTO IPOIYKTHI TEHOB HOJIPHOCTH SHIia 00eCIeUnBAIOT SMOPHOHB! YHHBEPCAIBHBIMA
MO3ULOHHBIMY CHI'HAJIAMH, BBIHYKIAIOIIUMH KCIIPECCHPOBATHCS ONPEICICHHbIE gap-2eHbl B ONPEACIICHHBIX MecTax. B cBOI0 ouepens NPOAYyKTHI gap-2eHos
HPEACTABISIIOT KaK Obl BTOPOH sSIpyC MO3HIMOHHBIX CHTHAJIOB, ACHCTBYOIIMX OOIee IOKATH30BaHHO U MCIIOIBb3yEMbIX [UIsL PErYILILUU 00JIee TOHKHX AeTalei
IIPOCTPAHCTBEHHOH OpraHH3alliy SMOPHOHA, M OKa3bIBAIONIMX B CBOIO OYEpe]b BIMSHUE Ha SKCIIPECCHIO €Ie OJHOI IPYIIBI I'eHOB, Ky/a BXOJIST M I'€HBI
rpymnsl pair-rule. Takum o0pa3oM, yHHBepcalbHBIE I'PAAUCHTHI, CO3/aBacMble I'€HAMHU IHOJIIPHOCTH sillia, NPUHUMAIOT ydacTue B (opMHpOBaHUH Oolnee
MEJIKMX AeTajeil MPOCTPAHCTBCHHOI OPraHM3alUM ITyTEM MOCTEHECHHOIO I[IOAPA3JACICHHS 110 HPUHIMIYy HEPApXHMH IOCICIOBATCIBHBIX MO3UIMOHHBIX
KOHTpoJIell. DTO BechbMa HaJeKHasl CTPATETUs: IIOCKOIBKY NMO3UIHOHHBIE CUTHAIBI HE ONPEEISIOT MOAPOOHBIX AeTallel, OT/IeNbHbIe sapa, OTBeYaloIHe Ha
HUX, HE JOJDKHBI pEarupoBaTh ¢ BHICOKOW TOYHOCTHIO HA MUHUMAJIbHOE U3MCHEHUE BEJIMYMHBI TAKUX CUTHAJIOB.

16.5.7. IIpoayKTHI 0JJHOTO reHa cerMeHTAIlMH KOHTPOJIMPYIOT dKcNpeccuIo apyroro [44, 50, 51]

CormacHO IPEACTaBICHHOU BEIIIE CXEMe, HepapXHs IMO3HUIMOHHBIX CUTHAIOB JODKHA COOTBETCTBOBATH MEPAPXUH PETYIIPHBIX B3aHMOICHCTBHI
MeX]y I'eHaMH, yIPaBIIOIUMH (OPMUPOBAHUEM HNPOCTPAHCTBECHHOHW OpraHM3alHU. JTO MOJIOKCHHE MOXHO IPOBEPUTH IIPU U3YUCHUH BIMSHUS MyTalUuH
OZIHOTO TeHa Ha 3Kcmpeccuio apyroro. Okas3anock, YTO TEHbBI, y4acTBYIOIIME B Ipolecce (OPMHUPOBAHMS IPOCTPAHCTBEHHOW OPraHM3aLMH BIOJb
nepeaHe3aaHeil ocu, GOPMUPYIOT HEPapXUUECKYIO MUPAMUY B ISATH OCHOBHBIX SIpyCax, MPHYEM IPOTYKTHI TEHOB KaXOTO sIpyca PETYIHPYIOT SKCIPECCHIO
TEHOB
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HIDKEJIeKaIMX sipycoB. Ha Bepiumne 3To0it mupaMuabl HAXOJATCS TSHBI TOSIPHOCTH LA, 32 HUIMH gap-TCHbI, 3aT€M TeHBI pair-rile, 3aTeM I€HbI MOISPHOCTH
CEIrMEHTOB U, HAKOHELl, TOMEO3UCHbIE CEJICKTOPHbIE FeHBI.

MOXHO MOJY4YHUTh MyTaHTHbIC 3MOPHOHBI, JHUIICHHbIC HOPMAJbHBIX MPOAYKTOB reHa Krijppel, W ompenenuth METOAOM TMOpHAM3aluHM in situ
9KCIPECCHIO HOPMAIBHOTO reHa ftz, Nermob3ys KIOHHPOBAHHBII 30H/] KOMIUICMEHTAapHbIH TOCACAHEMY. XapaKTepHbIC IOIOCKH fiz He 00pa3yloTCcs HMEHHO B
TEeX y4JacTKax 0JacTofepMBl, KOTOPbIE 3aTPOHYTHl MyTanueil Kriippel. CinenoBatenbHO, MPOAYKT reHa Kriippel IpSMO HIIM KOCBEHHO PEryJIHPYET IKCIPECCUIO
rexa ftz. Bmecte ¢ TeM, y MyTaHTOB fiz pacnpeneneHue HopManbHoro npoaykra Kriippel ne Hapymeno: noaykr ftz ne perynupyer skcrpeccuio rexa Kriippel.

VHorna HabmrogaeTcs B3aMMOICHCTBIE MEX /Ly TeHAMU OJHOTO sIpyca HEePapXUYeCKO MMPaMUbL; B OTIMYHE OT B3aUMOACHCTBUS TeHOB Kriippel u
ftz HEKOTOpBIE U3 ITUX B3aUMOJACHCTBHH MOTYT MMETh PELMIIPOKHBIN (T. €. MepeKpecTHbIH) xapakrep. Hanpumep, gap-eenvt Kriippel w hunchback B3anmMuo
HHTHOUPYIOT APYT JAPYyra, 4TO HE MO3BOJISACT SKCIIPECCUPOBATHCS HX MPOAYKTAaM B sApax SMOpPHOHA OJHOBPEMEHHO. [103TOMY B HOpME OHHU IKCHPECCHPYIOTCS
B COCE/IHMX y4acTKax OJaCTOAEPMBI C YETKOM IpaHHLECH MEXIy 00JIacThIO KCIIPECCuu TeHa Aunchback, pacnonoxeHHOW crepeny, U 00IacThI0 IKCIIPECCUR
reHa Kriippel, pacnonoxeHHol c3aau. Ho B OTCyTCTBHME OJHOTO M3 HPOJYKTOB 3TOH Napbl F€HOB 00JACTh JIPYroro MpOJIYyKTa PACIIMPSETCs 3a IPEeebl
OOBIYHON JIeMapKALMOHHOW JIMHUY. SIBICHHE B3aMMHOTO HHrMOMPOBAHHUS, IPOSIBIACMOE STUMH [IBYyMs F€HAMH, KOTOPOE BBIHYXKAAET AAPO KAXKAOM U3 KICTOK
COBEpIIATh BHIOOP MEKIY TEM WIIH MHBIM HAIPABICHHEM CIICHHAIH3ALIN, MOXET OBITh HCIOIB30BAHO Ui OOBSCHEHUS TOTO, KAKHM 00pa3oM B OTBET Ha
HENPepHIBHBIHA TPaJeHT MOp(HOreHa BO3HUKAeT HaOOp CTPOTO OIPEIENICHHBIX HeIePEeKPHIBAIOIINXCS 00JIaCTeH SKCIIPECCHH.

Puc. 16-64. 4. XapakTep TPaHCKPHUIIMU YETHIPEX W3 BOCBMH W3BECTHBIX TI'€HOB TPYNIBI pair-rule u
OJJHOTO TeHa MOJIIPHOCTU cerMeHTa engrailed ¢ OmacromepMme Ipo3odmiabl. XOTS KaXIbIH N3 I'€HOB
rpynnsl pair-rule cam no cebe ompenenseT TOJIBKO NMPOCTOC YEPEAOBAHME C LIATOM B [BAa CCIMEHTa,
JIeSTEIBHOCTh BCEro Habopa reHOB pair-rule B COYCTAaHUHU MPUBOAUT K ONMPEICICHHUIO COCEACTBYIOIIUX U
HEPEKPHIBAIOIINXCS CTPYKTYP ¥ MOXKET BBI3BIBATH 3HAYUTEIILHO O0JIee TOHKOE U CIIOXKHOE pa3dueHne Beeil

. . 3apoasiw B Bo3pacTe 5 4
61acTOIepMBbI Ha TI0JI0CHI MPHHOM BCEro B O/IHY KJIETKY, B KOTOPBIX M 3KCIIpEeCCUpyeTcs TeH engrailed.

b. TIposiBneHue KCIIpeccuu reHa engrailed y nsSTHHAcOBOTO ASMOPHOHA (CTaaus YAJMHEHUS 3apOABILICBON A ‘ ' . . ' »
TIOJIOCKH), AECATHYACOBOr0 3MOPHOHA H y B3pOCJION MyXH, KPBUIbsS KOTOPOIl Ha 9TOM Ipemnapare ObLII -
ynaieHsl. JlaHHas KapTHHA SKCIPECCHU BBISBIIETCS C MOMOIIBIO AHTHTEN HNPOTUB Oenka engrailed (mmst "* 8 | ‘ t \
[ATHYACOBOT0) WK (UL JBYX APYTHX 00Opa3LoB) MyTEM CO3MAHHS JIMHUK MyX, HECYIIHX PEryJISTOPHbIC - L
IIOCIIEZI0BATEIILHOCTHU TeHA engrailed, CBSI3aHHBIE ¢ KOAUPYIOLIEH OCIEA0BATEILHOCTHIO IeHa (JepMeHTa- N |
peroprepa, 4be IPUCYTCTBHE JIETKO BBIABISICTCS THCTOXHMHMYECKH 110 OOpa30BaHMIO OKPAIICHHOTO 100 mkm

MPOJAYKTa B TIPOLECCEe pEaKUHH, KaTalu3upyemoi 5tuM ¢pepmeHToM. OOpaTuTe BHHUMAHHE, 4TO 3a
pacnpezenenue Oenka engrailed moce ero MosBICHHUS COXPAHSETCS B TCUCHHE BCEH XKU3HU KUBOTHOTO. POAbIW 8 Bospacte 10 4

(A -mo M. Akam, Development, 101, 1-22, 1987; b - ¢ mo6e3Horo paspewenus Tot Kornberg.) J 1
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BeposiTHO, perymspHas IepuoaMyecKas KapTHHA SKCHPECCUM TEHOB pair-rule yCTaHABIHBAeTCS CXOIHBIM 00pa3oM. 31ech IpajyallbHbIC
MO3MIMOHHBIC CUTHAIIBI, ONPEJIeNAeMble SKCIPECCHEN TEHOB Oap, 3a/laloT IIPUMEPHOE HaIIPaBJICHHE Pa3BUTHU, a B3aUMOJICHCTBIE TEHOB pair-rule (HanpuMep,
TeHOB hairy W runt) IPUBOIUT K Oojiee CTPOroil M TOYHOH aertanu3auuu. TakuM oOpa3oM, OOJIACTH SKCHPECCHUM Pa3JIMYHbIX I'€HOB IPYINbI pair-rule
(bopMHUPYIOT TOYHO BOCIPOM3BOJMMOE PACIpPEE/ICHHE B3aUMHBIX MCKIIOUCHMH M NMEpEeKpbIBAHMH B Ka)KIOM H3 JBYCErMEHTHBIX MOAyJeil GracToaepMbl
HOpMaJIbHOTO 3MOpHOHa (puc. 16-64). Pa3nuuHble MOJOCKH KJIETOK ONacTOAEPMBI, OMOSACHIBAIONINX 3apOABIII, XapaKTEPU3YIOTCS Pa3InYHON KOMOWHALHEH
SKCIIPECCUM T'€HOB pair-rule, Kotopas, Oylyud OPraHM30BaHa IO NPHUHIMUILY HEPAPXHH, CIIyCKAETCs 10 MHHHUMAJIBHO BO3MOXHOIO YPOBHS N€TalH3alMH-10
IIMPHHBI OXHHOYHON KJIETKH, YTO COOTBETCTBYET HPUMEPHO 1/4 MIMPHHBI OyTyIIEro CerMenTa Ml MapacerMeHTa.

16.5.8. 'enbl MOJISIPHOCTH s1iilIA, gap-2eHbl U pair-rule-reHbl cO31aK0T BPeMEHHYIO MPOCTPAHCTBEHHYIO OPraHU3ALMIO; TeHbI
MOJISAPHOCTH CETMEHTOB M TOMEO3HCHBIE CEeJIeKTOPHBIE IeHbl 00eCIeYnBAIOT MOCTOSHHYIO 3anuch [44, 52]

CoObITHSI, ONMCAHHBIC B HPCABLAYIIEM pa3jieie, IPOUCXOIAT B TCUCHUE MEPBBIX HECKOJBKHX YacOB IOCIE OMIOAOTBOpeHus. Gap-zeHbi U TCHBI
pair-rule akTUBUPYIOTCSI OJJMH 3a APYTUM U Koxupyemble uMu MPHK (Habnrogaemple ¢ MOMOIIBI0 THOPUAM3ALUY in Situ) CO3AAI0T YCPEAHCHHYIO M CHIBHO
orpy0mneHHyo (II0 CpaBHEHHIO C KOHEUHBIM Pe3yJIbTaTOM) KapTHHY. BHOBb CHHTE3HpyeMble IPOIYKTHl CaMH PEryIHpPYIOT KCIPECCHUIO T'EHOB JI0 TeX Iop,
II0Ka BCIEACTBUE Pean3alii CePHU B3aNMHBIX IPHCIIOCOOICHHUIT, HCXOAHOE paclpeieieHue TeHHBIX IPOJYKTOB HE BBIBIISICTCS B BUJIE YETKO ONPEIEICHHOM
CHCTEMBI IOBTOpstomuxcst nojoc. Ho 1 ata cucrema HecTabuiibHa H HOCHT BpEMEHHbIH xapaktep. [1o Mepe pa3BUTHs SMOPHOHA OT CTaJWH TacTPyJIbl U Jajee
PEryIsIpHOE IIOCETMEHTHOE PACIONIOKEHUE NPOAYKTOB I'€HOB IPYHI Oap U pair-rule ucue3aer. Ho ux nelicTBue NpUBENO K BO3HUKHOBEHUIO BPEMEHHOTO
Habopa MO3ULHOHHEIX 3HAYEHHIL, T. €. MOJICKYJSIPHBIX aJpecOB KJICTOK 0J1acTOAEPMBI, KOTOPbIE OyIyT HOIEPKUBATh CETMEHTapHYI0 OPraHU3ALHUIO JTHIHHKI
U B3POCJIOrO )KHBOTHOTO. DTH MO3ULIHOHHBIC 3HAYCHMUS 3AMIMCAHBI C IIOMOLIBI0 COXPAHSIOMICHCS aKTHBAL[MH ['€HOB MOJIPHOCTH CETMECHTOB M TOMEO3HCHBIX
CEIEKTOPHBIX TCHOB.

16.5.9. 'eHbI MOJISIPHOCTH CETMEHTOB KOHTPOJIHMPYIOT OCHOBHBIE MOIPa3/ie/eHUs KaKI0r0 U3 mapacerMeHToB [44, 53]

B oTaenbHBIX ydacTKax BCeX IapacerMEHTOB HAONIOAACTCSA CXOAHAS KapTHHA SKCIPECCHH TEHOB MOJSIPHOCTU CEIMEHTOB. XOpPOIIMM HPUMEPOM
ToMY siBisieTcsi reH engrailed. Tlpucytctue ero MPHK MOXKHO IpOA€MOHCTPUPOBATH € MOMOLIBIO THOPUAM3AIMY in Situ HA CTAIUK KIETOYHOH OJIaCTOJEPMBI,
rae ata MPHK dopmupyer ceputo u3 14 nonoc mupruHol B OfHY KIETKY, PACIIOJI0KESHHBIX B CAMbIX NEPEHUX YacTAX OyIyllux napacerMeHToB. IlosBnenne
3THX TI0JIOC TECHO CBS3aHO C 3KCIPECCHEH IM0JI0C, COOTBETCTBYIOIIUX IreHaM pair-rule (cM. puc. 16-64); Habmronast 32 HapyIICHUSAMH PACIPEAEIECHHs 110JI0C
engrailed y MyTaHnToB pair-rule, MOXHO CHOpMyJIUPOBATH IpaBUIIa BKIIOUCHUS I'eHOB engrailed. 1o Bceil BEPOATHOCTH, KIIIOUEBYIO POJIb 3/1€Ch BBIIOJIHSIET
OJIHO U3 JIBYX CIICNU(PUUCCKUX COUCTAHUH IPOIYKTOB T€HOB pair-rule: B YSTHBIX IIApacerMEHTax I'eH engrailed IPOSBILIETCS TONBKO IIOCNIE YKCIPECCHH TEHOB
fiz v odd-paired, a B HeUETHBIX - OCJIE IKCIIPECCHU COUCTAHUsI even-skipped U paired. IHple coueTanus NPOIYKTOB TCHOB pair-rule
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aKTUBHUPYIOT WU MOAABILIOT JPYTrUe TeHbl HOIPHOCTH CETMEHTOB: TPAHCKPHUIILHS T'eHa wingless BKIIOYAeTCs B MOJNOCAX MIMPHHOHN B OJHY KIETKY, KOTOpHIC
pacrosoKeHsl B Haubosiee ONM3KMX K XBOCTOBOMY KOHILy OOJAcTsX IapacerMeHTOB. TakuMm o0pa3oM, Kaablil OyIyliuii mapacerMeHT yke Ha CTaJuu
KJICTOYHOW OJacTONEpMbI MOJPA3AEIEH M0 KpalHeH Mepe Ha TPU passIMuHbIX 00JacTH. XHUMHYECKHE Pa3iaudusi OyayT COXPAHATbCA M IOJJIEPKUBATHCS
MIOCTOSIHHOM TPAaHCKPHIIHEIl 10 MEHbIIeH Mepe HEKOTOPHIX I'€HOB IMOJSIPHOCTH CETMEHTOB U IIOCIE TOTO, KaK HPOAYKTHI I'€HOB pair-rule B OCHOBHOM
ncuesHyt (cM. puc. 16-61, 5). HekoTopble U3 KCHPECCUPYEMBIX TAKUM 00pa3oM I'€HOB HOJSIPHOCTU CErMEHTOB (BKJIIOYAs, HampuMmep, wingless) co3qaloT
IPOAYKTHI, KOTOPBIE B IOCIEAYIONIEM Pa3BUTHU JIEHCTBYIOT B KauecTBE JIOKAIbHBIX MOP(OreHOB BHYTpPU CErMEHTOB, Peryiupys Ooiee TOHKHE AETalld
BHYTPEHHE! IIPOCTPaHCTBEHHOH OpraHU3alliK IApACETMEHTa H €r0 POCT.

IIpoxyKThI T€HOB pair-rule He TONBKO PETYIUPYIOT aKTHBHOCTb I'€HOB HMOJIPHOCTU CErMEHTOB, HO TAKKe B3aHMOJCHCTBYIOT ¢ NMPOJYKTaMH I'eHOB dap (H,
OYEBHHO, T€HAMM MOJIIPHOCTH Si11a) U BBI3BIBAIOT TOYHO JIOKAIM30BaHHYIO AU((EpEeHINATbHYI0 aKTHBALMIO T€HOB, (POPMUPYIOMINX MATHIA U MOCIEIHUI
SpyC HepapXUIeCcKOH MUPaMUIBI - TOMEO3UCHBIX CEJIEKTOPHBIX TEHOB, B PE3y/IbTaTe AEATEIbHOCTH KOTOPHIX U COXPAHSIOTCS IOCTOSHHBIC PA3IIHIMsI MEXIY
pa3HbBIMH IapacermeHTamu. Jlanee Mbl Oojee DETaNbHO PACCMOTPUM IPOSIBICHHE AKTUBHOCTU THUX CEJICKTOPHBIX MCHOB M TINATEIBHO OOCYIUM HX POJb B
obecreueHrn MEXaHU3MOB KJI€TOYHOMN MaMSTH.

16.5.10. 'omeo3ucHbIe cesleKTOPHBbIE IeHbl KoMILIekca bithorax u kommiekca Antennapedia 00yc/10BINBaIOT
BO3HHKHOBEHHE Pa3Inyuii MexK1y napacermeHTamu [54]

YV 1po30¢uIibl H3y4eHO MHOXKECTBO Pa3IMYHbIX TOMEO3HUCHBIX MYTAl[Mi U KaXKAas U3 HUX MPHUBOJUT K 3aMCHE OJJHOW 4YacTH Tella IPyroi; Hampumep, BMECTO
IJ1a3 BO3HUKAIOT KPBUIbsl, BMECTO QHTEHH-HOTH U T.A. (CM. puc. 16-53). OcobeHHO BakHbIC HAOOPBI MyTallii MOTYT BO3HHMKATh B IIpeenax IByX KJIacTepOB
TeHOB, M3BECTHBIX KaK KoMIuiekce bithorax m kommieke Antennapedia. Kaxplit U3 KOMIUIEKCOB COJEPIKUT HECKOJIBKO T€HOB, 00JaJal0MINX Pa3InuyHbIMU
(QYHKIMAME: TE€HbI KOMIUIEKca bithorax KOHTPOJNMPYIOT BO3HUKHOBCHHE pPa3IMuUii MEXKIYy a0JOMHHAIBHBIMH U TOPaKaJIbHBIMH CETMEHTAMH TEJa, a TCHbI
koMmIUIekca Antennapedia KOHTPOJIMPYIOT BO3HHKHOBEHHE Pa3IMYUi MEXAY TOPAKAIbHBIMU CErMEHTAMH M CEIMEHTaMH TOJOBBL. ['€HBI 3THX ABYX
KOMIUIEKCOB HMMEHYIOTCS TOMEO3HCHBIMHM CeJIEKTOPHBIMH T€HAMM, IIOCKOJIBKY OHHM OCYIIECTBJISIOT BBIOOD MEXKIY COCTOSHHMSAMH JACTePMUHALMH,
COOTBETCTBYIOIIMMH Pa3JIMYHbIM, HO FOMOJIOTHYHBIM, WJIM TOMEOMOP(OJIOTHYHBIM, CTPYKTypaM. KaxIplii rOMEO3UCHBIl CENeKTOPHbIA I'€H OrpaHH4YeH B
CBOEM JIEUCTBHHU cHEelM(HICCKUM JOMEHOM, WIH 00JACThIO Tella, KOTOpask TPAaHC(HOPMHUPYETCs B pe3yIbTaTe MyTalluH AaHHOTO reHa. OOBIYHO TaKHe JOMEHBI
00J1a/1a10T YE€TKO OYE€PYCHHBIMHU IPAHUI[AMH, KOTOPBIE NPUOIN3UTEIFHO COOTBETCTBYIOT MOJIOBHHE «CETMEHTa», HE COBIAJAIONIET0 ¢ TPAaHULAMU CETMEHTa, HO
COBIAJAOUIMMHY C IPaHUIIAMK TTapacerMeHTa (puc. 16-56).

I'oMeo3HCHBIE CeeKTOPHBIE M'eHbl HICHTU(GUIINPOBAHBI, KaK ObUIO ITOKa3aHo B pa3a. 16.5, 6marogaps OTKPHITHIO MyTaHTHBIX B3POCIIBIX MyX; MHOIHE MyTalluH
9TOM TPy SBISIOTCS PELECCUBHBIMU JICTAISAMH. Takue MyTallK MPUBOJAT K THOENN 0COOM NMPAaKTHYECKH Cpa3y Ke Mocje BbUIyIUIeHUs. TakuM o0pazoM,
KaK U B CIIy4ae PELIECCUBHBIX JICTAIbHBIX MyTal[Mii TEHOB cerMeHTanuu (cM. pasz. 16.5.5), 3 ekt 3TUX reHOB HUKOT/Ia HE MPOSIBIISETCS Y B3POCIBIX MyX, HO
MOXXET HaOIIOAAThCs y SMOPHOHOB WM PAaHHHX JHYMHOK. ClieNOBaTeNbHO, aHAIN3 THX PAaHHUX CTAaAWi MO3BOJSET IOJNYYHTh HAauOoJee YeTKYI U B
HEKOTOPBIX OTHOILEHUSX HanOoJIee MOJHYI0 KapTHHY,
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Puc. 16-65. HopmanbHblii 9MOpHOH Ipo3oduis! (4) u MyTaHTHbIH 3MOpuoH (B), y koToporo yrpadena Gouibliiasi 4acTh T€HOB KOMILIEKca bithorax.
Y MyTaHTOB BCE MapacerMeHThl, paciojoKeHHbIe c3aau oT PS5, cxomusl ¢ P5. [C mobesnoro paspemenus Gary Struhl; 4 - nepenedaTaHo (¢ paspeuieHus) u3
Nature, 293, 36-41, Copyright 1981, Macmillan Journals Limited.]

JIAIONIYIO IPECTABICHUE O POJIH TOMEO3HUCHBIX CEJICKTOPHBIX T'CHOB.

JInanHky, nedeKTHbIe o BCeM reHaM KoMiuiekca bithorax, 00agaloT OTHOCHTENBFHO HPOCTHIM CTPOCHUEM: IOJIOBA M HMEPEAHss YacTb TPYIH 10
napacermenta P4 HopmanbHbI, HO Bce ocTanbHble 10 mapacerMeHTOB mpuoOpeTaroT cBoiicTBa mapacermenra P4. Yactuunble aenenuy B KOMIUIEKce bithorax
IOPUBOJAT HE K CTONb CEphE3HBIM TpaHchOpMamusaM: HampuMmep, P5 u Bce ocTanpHBIE MapacerMEHTHI, PACIONOXKEHHBIC BIEPEAH, MOTYT BHIIIILICTH
HOPMAJIbHBIMH, @ MApacerMeHThbl, PacrojokeHHsle oT PS5 c3amu, mpeBpamaiores B P5 (puc. 16-65). Dti HabmoneHus, a Takke aHAJIOIMYHbIC HAXOIKH B
OTHOIICHUM KOMIUIeKca Antennapedia WIUTIOCTPHPYIOT CYIIECTBCHHYIO POJb TIOMEO3HCHBIX CEJICKTOPHBIX T€HOB B ONPCACICHUM Da3InuMil MExmy
IapacerMeHTaMu: IPH OTCYTCTBUH ATHX HOCIEAHHUX TeHOB TaKoH AU} (hepeHINPOBKH IapacerMEHTOB He IIPOUCXOMUT.

16.5.11. 'omeo3uCHBIE CeIEKTOPHbIE TeHbI KOAUPYIOT CHCTEMY MOJIEKYJISIPHBIX ajapecoB [44, 55]

Kax u reHbl cerMeHTaIMy, TOMEO3HCHBIE CEJICKTOPHbIC TeHBI BIICPBbIE aKTUBUPYIOTCS Ha cTaauu Onacroxepmsl. Ilockonbky Best JJHK xommiekcos
Antennapedia u bithorax Gbuta KIOHHpOBaHa, B HACTOSAIIEE BpeMsi C MOMOLIBIO rmOpuamsammu in situ u umeromuxcs JJHK-30HI0B MOKHO BBISBHTH
IIOCIIEI0BATEJILHOCTD TPAHCKPUIIIIMU BCEX TOMEO3UCHBIX CEJICKTOPHBIX T'CHOB. BBIBOIBI U3 9THX HCCICIOBAHHII YIMBUTEIBHBI: HA IIEPBBIH B3IIISA KaXKIBIH
TOMEO3HCHBIN CEIEKTOPHBINH I'eH IKCIPECCUPYETCS HOPMAIBHO TOJIBKO B TEX Y4acTKaX, KOTOPhIE Pa3BHBAIOTCS aHOMAJIBHO, T. €. KaK OyJITO OHU HaXOMATCs HE
Ha CBOEM MECTe, KOT/Ia 3TOT F'eH MyTHPYET MM OTCYTCTBYET. DTO KaXyIIEeCs: OTCYTCTBHE JIOTHKH MO3BOJIACT PACCMATPUBATh MPOLYKThI CEICKTOPHBIX I'€HOB
KaK MOJIeKyJIIpHbIe anpeca. Kaxnplii mapacerMeHT o0ajaeT COOCTBEHHBIM HA0OPOM TaKHX aJpecoB, U €CIU afpeca H3MEHEHBI, TO apacerMeHT BesleT ceOst
TakuM 00pa3oM, Kak eciii Obl OH HaXOAWJICS B JPYroM MecTe. AKTHBAIUs I'OMEO3HCHBIX CEJICKTOPHBIX I'€HOB KOHTPOIUPYETCS FeHAMH CErMEHTalUH, U
HO3TOMY XapaKTep SKCIPECCHHM FOMEO3UCHBIX CEJIEKTOPHBIX TCHOB COBMAJACT C IPAHULAMH [1APACETMEHTOB, ONPEACIACMbIX MPOAYKTAMU I'€HOB pair-rule u
MOJIIPHOCTH cerMeHTOB. TakuMm 00pa3oM, codeTaHHe HPOAYKTa OIPEAENCHHOTO TOMEO3HCHOTO CENEKTOPHOro reHa (WIH Habopa TakuX MPOIYKTOB) C
OIpeJIeTICHHBIMU IPOJYKTaMH I'€HOB MOJSIPHOCTH CETMEHTOB HAJE)KHO ONpPEACIsieT SAMHCTBEHHBIH aapec, KOTOPHIM O0NaJaloT TOJBKO KIETKH OJHOTO W3
YYaCTKOB JAHHOT'O CETMCHTA.

16.5.12. TIpoayKTHI FOME03MCHBIX CEJIEKTOPHBIX F€HOB YYACTBYIOT B PeryJIsillMU IKCIIPECCHH 3THX IeHoB [56]

Kak u B ciyuae IeHOB CerMEHTAallM, XapaKTep OSKCIIPECCHU TI'OMEO3HCHBIX CEIEKTOPHBIX I'CHOB C MOMEHTA IOSBICHHS TPAHCKPHUITOB B
GracTofepMe MPETEPIIEBACT CIIOXKHBIE HACTPOHKH M C ONIPEJICIICHHOT0 MOMEHTA B MPEJieIaX KaI0To napacerMeHTa NproOpeTaeT CBOM CTPOTO ONpPEE/ICHHBIC
YEPTHl; OKOHYATENBHBIH XapaKTep SKCIPECCHM YCTAHABIMBACTCS TOJBKO IIOCHE 3aBepiucHus ractpymsiiuu. Ha puc. 16-66, 4 ykaspiBaeTcs Xapaktep
SKCIIPECCHU Ha CTaJHU yJIMHEHHS 3apOJbIIICBOH II0JIOCKY, T. €. IPHMEPHO Yepe3 5 4 IocIe OIUIoA0TBOpeHus (cM. puc. 16-55).

DTOT XapakTep YaCTHYHO H3MEHSETCS B pe3yJibTaTe B3aMMOACHCTBUS HECKONBKMX TI'OMEO3HCHBIX CEJIEKTOPHBIX I'€HOB. EcCiIM roMeo3ucHbIe
CEIICKTOPHBIC TCHBI PACIIONIOXCHBI IO IOPSAKY, HAYMHAS C TEHOB, KCIIPECCUPYIOIMMXCS HA TOJOBHOM KOHIE, M KOHYas TCHAMH XBOCTOBOIO KOHI@, TO,
ClIeIOBATENbHO, KaX/bIH T'eH 9TOH CePHHU PENPECCUPYETCs MPOAYKTaMU MOCICTYIOHX ee
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Puc. 16-66. A. Xapaktep SKcIpeccHH TI'eHOB B KoMiulekcax Antennapedia u bithorax B
3aBUCUMOCTH OT MX XPOMOCOMHOI1 Jlokanu3auuu. O0paTtite BHUMAHHE, YTO IIOCIEA0BATEILHOCTh
TEHOB B KaKIOM M3 XPOMOCOMHBIX KOMIUIEKCOB COOTBETCTBYET IIPOCTPAHCTBEHHOH
I0C/Ie/IOBATENIBHOCTH, C KOTOPOM BKCIIPECCUPYIOTCS 3TH TeHbl. b. Xapakrep TpPaHCKPHIILUH
TOMEO3UCHBIX CEJIEKTOPHBIX T€HOB 4Yepe3 5 4 Iocjie OIUIOAOTBOpPeHHs. Bce 3TH reHsl, 3a
HCKIIOUEHUEM I'eHa caudal, pacmonoxeHsl B komiuiekcax Antennapedia u bithorax, u Bce onu Ha
9TOH CTaJMN SKCIIPECCUPYIOTCS, MO-BUINMOMY, B JOMEHAX [1apacerMEeHTOB. BOJBIIMHCTBO 3THX caudal
I€HOB AaKTUBHO SKCIPECCHPYETCS II0 MEHbILICH Mepe B OIHOM IapacerMeHTe (BbIAENICHBI
HanOonee memHbIM y6emom) W Ha MeHee BEICOKOM YPOBHE B HEKOTOPBIX COCENHHX
IapacerMeHTax: TaM, TJ€ IPHCYTCTBHE TPAHCKPUNTA HEOOXOAMMO JUIS  TIPOSIBICHUS
HOpMalbHOrO (eHoTHIA (Hosee ceemuvlil yeem) W TaM, TAe TPAHCKPUNTHI HE HYXKHBI (Cambill
ceemviii ygem). (b - uz M. Akam, Development, 101, 1-22, 2987; ¢ u3sMeHEeHHUSIMHU. ) 5

yieHoB. Takum 00pa3oM, B OTCYTCTBUE MPOJYKTOB MOCIEIYIOIIMX I'€HOB JIIOOOH DAaHHbIM I'€H B 3TOH cepuu OyAeT XapaKTepU30BaThCS BBHICOKMM YPOBHEM
9KCIPECCHH KaK B CBOEM OOBIYHOM JJOMCHE, TaK M B [IAPACCTMEHTAX, PACIOJIOKECHHBIX 0331 9TOr0 JOMEeHa. Takoe PacHoI0kKEHHE FeHOB, COOTBETCTBYOIIEE
UX MPOCTPAHCTBEHHOH KCIPECCHH U KOHTPOINPYEMOE B3aHMOCBSA3SMH, OTPaXKEHO MOC/IEI0BATEIbHOCTIO, B KOTOPOH OHU PACIIONIOKEHBI BJIOJIb XPOMOCOMBI
B K&XIOM H3 IBYX KOMIUICKCOB reHOB (puc. 16-66, ). DtoT Bonpoc obcysxaaercs B pasa. 10.3.19.

16.5.13. B3pociiast Mmyxa pa3BuBaeTcsl U3 Ha00pa HMATHHAJILHBIX JUCKOB, KOTOPbIE 3alI0MHMJIM NIO3ULMOHHYIO
uHpopmanuio [57]

XapakTep 9KCIPECCUH TOMEO3HCHEIX CEIEKTOPHBIX T'€HOB yCTaHABINBACTCS B SMOPHOHE IPO30(IIILI U ONPEAEIsIeT CTPOCHHUE HE TOIBKO JTHIMHKH,
HO U B3pOCioil Myxu. JJjist TOro 4ToGbI B MOJTHOI MEpe OLEHHTH POJIb ITHX
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Puc. 16-67. maruHanbHbIe JUCKU Y JIMYMHKH JPO30(HIIb! (M300paKeHbl CXeMaTHYHO) U 00pa3yroLrecs U3 HUX CTPYKTYpPbI B3pOCIIoro opranusma. 13 tpex
map AMCKOB HOTH ITOKa3aHa Toyibko ofna. [J. W. Fristom et al. Problems in Biology: RNA in Development (E. W. Hanley, ed.), p. 382, Salt Lake Sity,
University of Utah Press, 1969.]

TCHOB, HEOOXOAMMO UMETh NIPEJCTABICHUE O TOM, KAKHM 00pa30M B KOHIIC KOHI[OB Pa3BHBACTCs B3pocias 0COOb, HIIH UMAro.

B3pocnas mMyxa ¢opmupyercst INIaBHBIM 00pa3oM 3a cueT Henu((epeHIHPOBAHHBIX TAK HA3bIBAEMBIX UMAUHAIbHBIX KIEMOK, COOPAaHHBIX B
IPYNIBI, KOTOPHIE PACIOIOKEHBI 10 OOKaM B KaXKIOM H3 CEIMEHTOB Tella JINYMHKH. VICTOUHHKOM HMardHaibHBIX KJIETOK SIBJISETCS 3MOPHOHAIIBHBIH
SMUTENHH, KOTOPBIH MOKPHIBACT BCE TENO. DTH KICTKU COXPAHSAIOT CBA3b C SMHAECPMUCOM H B OCHOBHOM YYacTBYIOT B (DOPMHUPOBAHHU SIHACPMAIbHBIX
CTPYKTYp B3pOCIIOTO OpraHu3Ma. IMarnHajbHbIC KJIETKH, H3 KOTOPHIX BOSHHKHET r0OJI0BA, IPY[b M I'CHUTAINH, OpraHu3oBaHbl B MMarnHaibHble TUCKH, a
HMarvHajbHble KICTKH OpIomiKa cOOpaHbl B KJIAcTePhl, UMEHYEMBIC ab60oMunanbhblMu cucmobracmuvimu enezdamu. 11ogpoGHO OBUIM HCCIETOBAaHEI B
OCHOBHOM KJIETKH JUCKOB. Bcero n3sectHo 19 nuMCKOB, OJMH U3 KOTOPBIX PACIIONOXKEH Ha CPEeJHEH JIMHUM Tella, a OCTalbHble 18 nexar nomapHo mo 6okam
mmauHKA (puc. 16-67). Jlucku npencTaBisioT co0oil SIUTeNHaNbHble MEIIKH B BHAE CMSTBHIX M PACIUIIOMICHHBIX HIApHKOB; B Ipolrecce MetaMopdo3a OHU
BBIIPIMILIIOTCSL ¥ I depentmpyroTest. M3 onHOM napsl AMCKOB BO3HUKAIOT IJ1a3a M AHTEHHBI, U3 APYroil - KPbUIbS ¥ YacTh IPYIHM, U3 TPEThEH - epBas napa
HOT U T. A. BHelIHe KJIETKH pasHbIX MMarMHAIbHBIX AMCKOB Pa3iMYMTh HEBO3MOXKHO, U B Imporecce Au(GHepeHINPOBKU U3 HUX BO3HHKACT CXOIHBIH HaOOp
1 PepeHIUPOBaHHBIX KICTOYHBIX THIOB. OJHAKO pe3yibTaThl SKCIICPHMEHTOB II0 TPAHCIUIAHTAIMM JVCKOB IOKA3bIBAIOT, 4YTO (DAKTHUECKH OHU
PErHOHAIBHO ACTEPMUHUPOBAHBI U HEOKBHBAJICHTHBIL.

Ecnyu uMarnHaabHbli IMCK IEPECaiiTh B Ipeeiax JMYHHKA C OJHOTO y4acTKa Ha APYroi U MO3BOJNUTH €i pa3sBHBAaThCs 10 Hadanga Metamopdosa,
TO TPAHCIUIAHTHPOBAHHBIA AUCK HE3aBHCHMO OT HOBOI'O MECTOHOJIOXKeHUS OyneT auddepeHnpoBaThCsl aBTOHOMHO B CTPYKTYPY, COOTBETCTBYIOIIYIO €TI0
npoucxoxaeHuio. OTciona ciefyeT, YTo KICTKH MMarrHajbHBIX AUCKOB B mpouecce MU(G(EpeHIIMPOBKH PYKOBOICTBYIOTCS HAaMATHIO O CBOEM HCXOIHOM
MECTOMONOXKECHUU. [Ipu Hcmonb30BaHUKM OoJiee CIOXKHBIX METOJOB TPAHCIUIAHTALMM, KOTAA KICTKH HMArMHajdbHBIX IHCKOB 10 AH(M(epeHIHpOBKH
nponudepupyoT B TedeHHe Ooiee JUINTEIBHOTO BPEMEHH, MOXHO II0Ka3aTh, YTO COCTOSHUE KIETOYHOH IaMsATH Hacluemyercs (3a HEKOTOPBIMH
UCKITIOYCHUSIMH M3 9TOTO OOLIEro NpaBmila) B TEUEHHE HEONPEAEICHHO OOJIBIIOrO YHCIIa KISTOYHBIX TOKOIeHHUH (puc. 16-68).

I'OMEO3HCHBIC CCIEKTOPHBIC I'€HBI SBJIAIOTCS CYIICCTBCHHBIM KOMIOHCHTOM MEXaHH3MOB KJICTOYHON MaMsTH. Ecim ux 3JIMMHHUPOBATh U3 KIETOK
MMaruHaIbHOTO AMCKA Ha JIF00OW CTaIHUH JUTHTEIBHOTO IEPHO/A, IPUBO/IS-
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Puc. 16-68. DxcrieprMeHTHI 110 ONPE/ICICHHUIO COCTOSHUS JCTEPMUHALIMH KJICTOK HMAarHHAIbHBIX JUCKOB. METO/ COCTOUT B MMILIAHTALIMU KJICTOK JIMYMHKAM
HaKaHyHe MeTaMop(o3a; KIeTKH 1udhepeHIUpyIoTcs, 00pa3ys ONpeAelICHHbIEe CTPYKTYPHI B3POCIOr0o OpraHu3Ma, KOTophble Iocie MetaMmopgo3a
pacroiararoTcs B IOJIOCTH TeJla MyXH-PELUIINECHTA U HE HHTETPUPOBAHBI C ¢ OpraHu3MoM. KIleTkH MOXHO TecTHpOBaTh cpasy e M0CIIe H3BICUYCHNUsI AUCKOB
WIIM TI0CJIC UMIUIAHTALUHK B OPIOIIKO B3POCIONH MyXH, KOTOPOE SBJISCTCS B 3TOM CIIy4ac €CTECTBCHHOI KyJIbTYpaibHOI KaMepoit. 'opMOHasbHbIC YCIOBHS B
OpTaHMU3Me B3pOCIBIX MyX MO3BOJISIOT KJIETKaM, KOTOpbIE, TAKUM 00pa3oM, He mpeTreprenu Mmetamopdo3, pazMHoKaThcs 06e3 auddpepeHunpoBku (10
MPOBEJICHHS TECTa HA KJICTOYHYIO IETePMUHALMIO). B 000HX cIydyasx KJIETKH IOC/Ie HMIUIAHTALMY B IMYUHKY, KaK IPaBUIO, UM GEepeHIHPYIOTCS U
00pasyroT CTPYKTYpPbl, COOTBETCTBYIOIIHE HA3HAYCHUIO HCXOJHOTO JIHCKA.

mero k audpepeHnnpoBke B npouecce MeTaMopho3a, TO KISTKH HauMHAIOT AU(HEpeHIIMPOBATECS B JPYTHE CTPYKTYPBI, KaK €CIIM Obl OHM MPHHAIEKAIH
UHBIM CETMEHTaM Telia. DTO ABJICHHE MOKHO MPOJAEMOHCTPHPOBATH C MOMOIIBIO Menooa MUmomu4eckou pekoMounayu, UHOYYupoSanHoll peHmaeHo6CKUMU
ayyamu. ITOT TOAXOA MOXKHO PAacCMaTPHBATh KaK aHATIOI T€HETHYECKOH XMPYPTHH OTJCIBHBIX KJIETOK, MCHOIb3yEeMOH I MONYyYeHHs Ha JI000H cTamuu
Pa3BHUTHUSI KJIIOHOB MyTaHTHBIX KJIETOK C ONPE/IENICHHBIM FEHOTHIIOM. MIMEHHO 3TH BOIIPOCHI OyIyT 00CYKaThCs B CIIEYIOIIEM pa3JIerie.

16.5.14. 'omeo3uCHBIE CeIEKTOPHbIE F¢HbI HTPAIOT BAKHYI0 POJIb B 3alIOMMHAHMH NO3MIIMOHHON HH(OPMALMH KIeTKAMHI
MMAaruHAJIbHBIX THCKOB [58]

HopmanpHast comaTHdeckast KJIeTKa COAEPXKUT ABAa FOMOJOTHYHBIX Habopa xpomocoM. OIMH U3 FOMOJOTOB KaXKIOW Mapbl MPOUCXOJUT OT OTLA,
npyroit or marepu. B Hopme o6men JJTHK 3a cuer kpoccuHroBepa MeXmy FOMOJIOTHYHBIMU XPOMOCOMAaMHU OTLIOBCKOTO U MATEPHHCKOTO HMPOHCXOXKICHHUS
MMEET MECTO TOJBKO B Meio3e mpH (JOPMUPOBAHUHU IOJOBBIX KieTOK. HO MHOIa KPOCCHMHIOBEp IPOUCXOAUT B MPOLECCE JAENCHHS OOBIYHBIX COMAaTHYECKHUX
KJIEeTOK. XOTs B HOpME MHTOTHYeCKAsl PeKOMOMHAIUSA - COOBITHE TOBOJIBHO PEIKOE, €r0 MOXKHO BBI3BATH Y HACEKOMBIX OOIyYCHHEM PEHTTCHOBCKHMH
nIydaMu (BEpOSTHO, 9TO NMOOOYHBIN pe3ynbTaT BO3AEHCTBUS M3ITydeHHs Ha XpoMmocoMbl). Kak ykazano Ha puc. 16-69, eci MaTepuHCKHE H OTIIOBCKHE
XpOMOCOMBI HECYT pa3iMuHbIe ajllesId TeHa, TO KIETKa SIBIAETCS TeTepO3UroTHOH. BeimeacTBue eUMHMYHOIO akTa MHUTOTHYECKOH PEKOMOMHALMM MOXKHO
HOJIy9UTh JBE TOMO3HTOTHEIC JOUCPHUE KICTKH, OTINYAIOMINECS TeHeTUUECKH KaK OT POAUTEIbCKHUX KIETOK, TaK U APYT OT Ipyra: OJHA HACJIEeoyeT JBE KOIMUH
OTIIOBCKOTO, Jpyras - JBE KOIMH MaTepuHCKOro amiens. Jlamee Kakmas M3 JOYEPHHX KJIETOK BOCHPOM3BOJHTCS OOBIYHBEIM 00pa3oM, co3ziaBasi Hapy
TOMO3MTOTHBIX KJIIOHOB, KOTOPBIE PACIIOI0KEHBI B OKPY)KEHUH TeTepO-
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A HOPMANBHLIA MATO3 5. MWUTO3 C PEKOMBEWHALIVER
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Puc. 16-69. HopmanbHblit MUTO3 (4) U MUTO3, CONPOBOXIaroLIuiics pexkomOunanueii (b). Ha cxeme ykazana cyap0a 0JJMHOYHOMN Mapbl TOMOJIOTUYHBIX
XPOMOCOM, OfIHa M3 KOTOPBIX OTIJOBCKOI'O IPOMCXOXKICHHUS (BBIIEICHA [BETOM C [IGHTPOMEPOH B BUJIE YSPHOTO KPYXKKa), a {pyrasi MaTepUHCKOro (¢
LIEHTPOMEPOH B BUJIE GEIOT0 KPYKKa). DTH XPOMOCOMBI COJIEPIKAT I'eH NMUTMEHTALUH (JIM60 MHOI MapKepHBIi TeH) ¢ ajuieaeM 4 AUKoro Tuna (benbiil
K6aopam Ha OTIIOBCKOH XpOMOCOME) U PEIIEeCCUBHBIM MyTaHTHBIM aJLIeIeM a (KpAacHblil Keaopam Ha MaTePUHCKOH XxpoMocoMme). ['omo3uroTHas 4/4 u

reTepo3UroTHas A/a KIeTKH 001a1aloT HOpMaIbHEIM (PEHOTHIIOM, 2 TOMO3HTOTHBIE ¢/a KICTKU - N3MEHEHHBIM (peHOTUIIOM. PexoMOuHaIus 3a cueT oOMeHa
JIHK Mex 1y OTIIOBCKOH M MaTepPHHCKOI XpOMOCOMaMHM MPHBOAUT K 00Pa30BAHMIO TAphl JOUYEPHHUX KIETOK, OJHA U3 KOTOPBIX SIBJISAETCS TOMO3UTOTON A/A
(HOpManbHBIA (EHOTHII), a Ipyrasi - TOMO3UTOTOH a/a (MyTaHTHBIA (GeHoTuI). MuTOTHYECKast PEKOMOUHAIINS - PEAKOE CIIydaifHoe COOBITHE.

3UrOTHBIX TKaHeil (puc. 16-70). Eciu, HanpuMep, Bce KIETKH OPraHM3Ma HCXOAHO TE€TEPO3UTOTHBI MO MYyTAl[HH, KOTOPAs BBI3BIBACT JKENTYIO MUTMEHTALUIO
BMECTO HOPMAaJbHOH KOPHYHEBOH, HO 3Ta MYTAaIMs PELECCHBHA (TaK YTO TETEPO3HIOTHHIEC KIETKH 00NafaloT KOPHYHEBHIM (hEHOTUIIOM), TO B pE3yIbTaTe
MHTOTHYECKON PEKOMOHHAITMY MOXKET BO3HUKHYTH KJIOH TOMO3UTOTHBIX JKEJITHIX KIETOK Ha KOPUIHEBOM (OHE.

KoHeuHo e, HEeBO3MOXKHO MPOKOHTPOIMPOBATh B KAKMX MMEHHO KIETKaX IPOU30HAET MUTOTHYECKAs PEKOMOMHAIUSA, PABHO KaK U HEBO3MOXKHO

npeny-
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KNOH MéHe THY8CKH MaDKHp-UBﬂHHbe KNeToOK

Puc. 16-70. MUTOTHYECKYIO PEKOMOHMHALIMIO MOYKHO HCIIONIB30BATH IS CO3JaHHS B KPBUIE APO30(UIIBI KJIOHA FEHETHIECKH MAPKUPOBAHHBIX MYTAHTHBIX
KJIeTOK. UeM paHbIlle IIPOUCXOAUT PEKOMOUHANNS, TeM OoJIbIe OyAeT BO3MOXKHBIH KIIOH.
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rafjath TOYHO YYacTOK XPOMOCOMBI, B KOTOPOM NPOHM30MAET KpoccHHrosep. OMHAKO 3/€Ch IKCIEPUMEHTATOPHI MOTYT AOBOJBHO YETKO KOHTPOJIHPOBATHh
BpeMsl TaKUX COOBITHII (0OJydas KJIETKH B CTPOTO OIPEACNICHHOE BpeMs) H, YTO EIle BaKHEe, MCXOAHBIH I'eHOTUII. Bo-mepBbIX, MOXKHO CKpEIIUBATH
TOMO3HIOT, Y KOTOPBIX MyTAaLMsi HHTEPECYIOLIEr0 TOMEO3HCHOTO CEIEKTOPHOIO TeHa CBsI3aHa ¢ MapKEPHOH MyTaiuell (Harmpumep, MyTalueil, BbI3bIBAIOIICH
AQHOMAJIBHYI0 [HMIMEHTALWI0). B maHHOM ciyd4ae Mapkep MO3BOJMT, BBISBISTH TOMO3MTOTHBIC KIIOHBI, IIONYYCHHBIC B PE3YJIBTATC MHTOTHYCCKOH
pEKOMOMHALMHK, IO UX aHOMAJIbHON OKpacke. Takue MapKUpOBaHHbBIC KJIOHBI MOXKHO C YBEPEHHOCTBIO CUMTaTh 'OMO3UIOTHBIMHU II0 MHTEpecyloLieil Hac
MyTalyH.

OcHoBHbIE ()(EKTHI MyTAIUi TOMEO3HCHBIX CEICKTOPHBIX TCHOB B CBOEM OOJBIIMHCTBE PELICCCHBHBI: TOJIBKO Y FOMO3HIOTHBIX MYTAHTHBIX
OpraHU3MOB MPOSIBIISIETCS] TOMEO3UCHAs TpaHC(hopManus. VCromb3yst ONMCaHHYI0 MHTOTHYECKYIO0 PEKOMOUHALIUIO, MOXKHO CO3JaTh KJIOH KJIETOK, MEYCHHBIX B
MUMaruHajabHOM JHCKE II0 TOMEO3HCHOMY IeHy, H HaOJIoaTh UX MOBCACHHE HA FETEPO3HIOTHOM, (PEHOTHINYECKHM HOpManbHOM (one. IMEHHO Tak ObIIO
[IOKa3aHO, YTO MCYEHBIC KJICTKH (M TOJBKO OHM) CIIOCOOHBI K TOMEO3HMCHOH TpaHC(opMmannu (4eM TOKa3bIBACTCS MX PACIIONOXKCHHE B MpEIENax ydacTKa
JIEHCTBHS TOMEO3HUCHOTO CEJIEKTOPHOrO I'eHa); Ha OCHOBE 3TOT0 MOXKHO CZENATh BBIBOJ, YTO B PAHHEM Pa3BUTHH MMEJIO MECTO PEKOMOWHALIMOHHOE COOBITHE.
Hanpumep, MO>KHO TOABEPrHYTh ACHCTBHIO PEHTTCHOBCKUX JIydei ABYX/IHEBHYIO JITYMHKY, T€TEPO3UTOTHYIO 110 MYyTaLlHHU, KOTOpas HapymaeT GyHKIHUIO reHa
Ultrabithorax (Ubx) n3 xomiuiekca bithorax. B pe3ynbprate B JaHHBIX UMaruHaJIbHBIX AUCKaX OYIyT MOJYy4YEHBI H30JIMPOBAHHBIC KIIOHBI TOMO3UTOTHBIX KJIETOK
Ubx /Ubx. Ecnu 5TH KIOHBI PacIHOJIOKCHBI Ha JUCKE JKYXOKaIbLa, TO B JKYXOKaJIbIe BO3HUKHYT CKOIUICHHS TKaHH JHKOTO THUINA. Takue HaOIIOAeHHS
MOKa3bIBAIOT, YTO B KaKJOH M3 KJICTOK MaMATh O MO3HIMOHHOW HMH(pOPMAILMH ONpEJCNIACTCs IOCTOSHHOW aKTHBHOCTBIO HOPMAJIBHOTO TOMEO3HCHOIO
CEJICKTOPHOTO TeHA U 4TO 3Ta MaMSTh B KaXIO! U3 KJICTOK HPOSIBILSICTCS aBTOHOMHO.

16.5.15. 'omeo3HCHBIE CeJIEKTOPHbIE I'eHbI U I'eHbI MOJSPHOCTH CErMEHTOB ONpeIeJISI0T KOMIAPTMEHTHI TeJia [59]

3anoMUHaeMble Pa3IMUMs, KOHTPOJIUPYEMBIE T'OMEO3UCHBIMHM CEJIEKTOPHBIMU TI'€HaMH, AUCKPETHBI: AKCIIPECCUS I'€HOB B KIETKaX COCEIHMX
[IApacerMEHTOB XapaKTEPU3yeTCs YETKHMMH PasIUyMsIMHU. DTO )K€ CIIPABEUIMBO O KpaifHedl Mepe B OTHOIIEHMM OJHOIO I'€Ha MOJIIPHOCTH CEIrMEHTOB -
engrailed (cm. puc. 16-64, B), muddepeHuuanbHas SKCIpeccHs KOTOPOro COOTBETCTBYET YETKOMY Pa3IMYMI0 MEXKIY KICTKaMH 3aJHEH M NepeIHell 4acTh
napacerMeHTa (4YTo COOTBETCTBYET KJIETKAaM IepeAHEl M 3aiHell 4acTH cerMeHTa). TakuM obOpasom, Ginaromaps mud@epeHnHantbHON SKCIPECCHH THX ABYX
KJIACCOB I'€HOB, TEJIO AEIUTCS C 00pa30BaHUEM CEPUH OTIEIbHBIX YYAaCTKOB, KIETKH KOTOPBIX XapaKTEPU3YIOTCS Pa3IMYHbIM COCTOSIHUEM JICTePMUHALIUM.

Ha rpanume IByX TakmxX y4acTKOB KIETKM HE CMEIIHMBAIOTCS, KaK €CIHM Obl CENICKTHBHOE CIIUIIAHUE KIETOK, O0JIaJaloIiX OAMHAKOBBIM
MOJIEKYJISIPHBIM aJIpECOM, IIO3BOJISUIO MIM OTIEISTECS OT KJIETOK, HECYIIUX Apyroi anpec. Tak, HampuMep, i B pe3ysibTaTe FTeHeTHYECKOil peKOMOMHALIMN B
KpbUIE MOSBJISETCS KJIOH MAapKMPOBAHHBIX, HO BCE XK€ HOPMAJbHBIX KJIETOK, TO 3TOT KJIOH PAaCHOJIAraeTCs JHMIIb 10 OJHY CTOPOHY YETKO ONpEJeNICHHOMN
TpaHHMIBI, Pa3CIONICH Ba MapacerMeHTa, 00pasyroumx Kpbuio. [loapasaenenus tena (B KpbUle M JII000M HHOM OpraHe), 00pa3yromuecs TakuM o0pa3oMm,
Ha3bIBAIOT KOMHApTMeHTaMH (puc. 16-71). XoTs rpaHMIBl KOMIIAPTMEHTOB, KAaK NPaBHJIO, HE COOTBETCTBYIOT I'DaHHLAM HOPMAIBHBIX OPraHOB, OHH
COBIIAJAIOT C TPAHHLIAMHU JIOMEHOB, B IIPE/EIaX KOTOPHIX JEHCTBYIOT FTOMEO3UCHBIE CEJIEKTOPHBIE TEHbI, U 3TO MOKHO HAaOJIOIaTh 110 HKCIIPECCUH I'eHa
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LieHT pansHan sunKa Kpsina MNepearwn KOMPap TMET

T panmua
KOMNAPTMEHTOB
JagHui KOMNBPTMENT

Know 8 kpeine Paapenenme Kpuina Ha KOMNAPTMENTbI BeicTpo pactyumi Ko
HE NEPEXOAWT FPaHMLY KOMNIDTMENTOB

Puc. 16-71. 4. ®opma MapKUPOBAaHHBIX KJIOHOB B KpbUIE AP030(HIBI yKa3blBa€T Ha CYIIECTBOBAHUE
TpaHUIbl KOMIAPTMEHTOB. Y TaKOW TpaHHUIBl Kpail KaXJoro HsATHA MOJydyaeTcs MpsMbIM. Jlaxke eciau
MapKHPOBAHHBIA KJIOH TEHETHYECKH M3MEHEH, 4TO T03BOJIIET €My PacTH OBICTpee OCTaTbHOTO Kphlia H
CTaTh O4YEHb OOJIBIIMM, OH BCE PaBHO HE MEPEXOJUT IPAHUIBI KOMIAPTMEHTOB (KpauHuii pucyHox
cnpasa). OOpaTuTe BHHUMAaHHE, YTO 3Ta TPAaHUNA HE COBIANaeT C IEHTPAIbHON >KHIKOH Kpbuia. b.
XapakTep dKCIIpecCHU I'eHa engrailed B Kpblie, BBISBISIEMBIH TEM XK€ METOIOM, UTO U Ha puc. 16-64, b.
I'paHuIBl KOMIIAPTMEHTA COBIANAIOT C IpaHMIAMH 3Kcnpeccuu reHa engrailed. (A -mo F.H.C. Crick,
P.A.Lawrence, Science, 189, 340-347, 1975; b - ¢ no6e3noro paspemenus Tor Kornberg.)

b 500 mk

engrailed (cM. puc. 16-71, b). Y COOTBETCTBYIOLIMX MYTaHTOB TKaHb IO OJHY M3 CTOPOH I'DaHHUIIbI KOMIAPTMEHTa TPaHC(HOPMHUPOBAHA; C APYTOi CTOPOHBI
pacrionaraercsi HopMaibHasi TKaHb (puc. 16-72).

I'paHHIBl KOMIIAPTMEHTOB IO OIPEACNCHUIO SBISIIOTCS TIPaHULAMHU [BYX IONMYJSIUUH KJIETOK, Pa3iMYalOlUXCsS II0 COCTOSHHIO CBOEH
JIeTepPMHUHAINY, KOTOPbIE HE MOTYT CMEIINBAThCS. XOTs B HOPME COCTOSIHHE ATEPMHUHAILIMU HEOOpaTHMO, TeM He MeHee Ka)KAblil U3 KOMIIAPTMEHTOB JTOJDKCH
OBITH camomoIepKuBatomieiics equuumeil. OH He CIOCOOCH HCIOIIB30BATh KIETKH COCEIHEr0 KOMIIApTMEHTA MIIH JENUTHCS C COCEJJOM CBOMM COOCTBEHHBIM
n30BITKOM KiIeTOoK. OJHaKO OH CHOCOOEH pEeryaHpoBaTh CBOI BHYTPEHHIOIO OPraHM3aLMIO 33 CYET yCOBEPLICHCTBOBAHMI, KOTOpbIE HE HAPYLIAIOT 3THX
orpannueHui. Kaxaplii 13 KOMIApTMEHTOB 00JagaeT COOCTBEHHOH JETalM30BaHHON BHYTPEHHEH CTPYKTYpOW, BO3SHUKAIOUICH B MMAaruHajJbHOM IHCKE B
pe3yibTaTe MEXKJICTOYHBIX B3aMMOJCHCTBHII Ha OTHOCHTENBHO MO3JHHX CTAAWSIX pasBHTHA. MOJICKyIsIpHAsT OCHOBA OTHX MECTHBIX MEXaHH3MOB
(hopMHpPOBaHUS MIPOCTPAHCTBEHHOM OpPraHU3aliy 0 CUX IOp HE U3YYeHA, XOTs, KaK YIOMHHAIOCh B pa3d. 16.5.9, He UCKIIOYCHO, YTO B HUX HNPHHUMAET
ydJacTue IpOAYyKT IeHa IMOIIPHOCTH CerMeHTa wingless. MOXXHO HOKa3aTh, OJJHAKO, YTO MOCTOSHHBIC MEKKICTOYHBIC B3aNMOICHCTBHS ONPEACILIIOT HE TOJIBKO
IPOCTPAHCTBEHHYIO OPraHM3alUIO, HO H POCT YacTeil MMarrHalIbHBIX IHUCKOB: JaHHAs CHCTEMa IIOJYHHSETCS MPaBHITy HHTEpKamsiuu (cM. pasa. 16.4.9). B
Ipoliecce PeryJisiiuy pocTa U HOPMHPOBAHHUS MPOCTPAHCTBEHHOM OpraHU3alMy KaXkIbIi U3 KOMIIAPTMEHTOB BeZeT ceOsl Kak OoJiee WM MEHEe He3aBHCHMOE
LeJT0CTHOEe 00pa3oBaHue. DTO OBLIO MIOKA3aHO B OKCIEPUMEHTAX, I/1€ MUTOTHYECKYIO PEKOMOMHANNIO HCIIOIb30BANIH I CO3JaHHs MEUCHBIX KIIOHOB KJIETOK C
TEHOTHUIIOM, IO3BOJIIONNM HpONUQepHpoBaTh UM OBICTpee APYrHX KIOHOB HMAarMHaJIBHOTO JHCKa. B mpomecce pocra 3TH KIOHBI 3aHUMAIOT
HEIPOIOPLUOHAIBHO OOJBLIYIO YacTh KOMIIAPTMEHTA, B IpeJeiaX KOTOPOro OHH PACIIONOXKEHBI, HO TEM HE MEHee OHHM He CIIOCOOHBI HAapyLIaTh IPAHMIIBI
KOMIIAPTMEHTOB; OHH HE MOTYT yBEIIHIUTh pa3Mepbl KOMIIAPTMEHTA WM H3MEHUTH €r0 IIPOCTPAHCTBEHHYIO OPTaHU3aIHuIo (cM. puc. 16-71).

16.5.16. CamoperyJ/isiiusi FOMEO3MCHBIX CeJIeKTOPHbIX FeHOBBHOCUT BKJIA/I B MeXaHU3MbI KJIeTOYHOI namsaTu [60]

CoBeplIMB 3KCKypC B OyayIee, T. €. pacCMOTpPeB 0OoJiee MO3JHUE CTAJMU Pa3BUTHUS APO30(UIIbI, BEPHEMCS B MPOLLUIOE, YTOOBI ¢ MOJICKYJISIPHOU
TOYKH 3PEHUsI OOCYIHTh Ba)KHBIC CBOICTBA T'OMEO3HCHBIX CEJCKTOPHBIX TeHOB. M mpexae Bcero ciaemayeT OOCYyauTh, KaKuM 00pa3oM 3TH MEXaHH3MBI
00ecreynBalT KaKAyl U3 KIETOK MaMAThIO O TOM, B KAKOM M3 CErMEHTOB OHa Haxoautcs. OIuH U3 croco0OB JOCTMKEHHUS TaKoro 3¢Qekra COCTOUT B
BBIPA0OTKE MEXaHU3Ma, ISHCTBYIONIETO 10 MPHUHIIMITY TTOJIOKUTEIBHONW 00paTHOIl CBA3M, TIe IPOIYKT IeHa CTUMYJIMPYET CBOK COOCTBEHHYIO TPAHCKPHUIILIUIO
(cM. pazn. 16.2.10). CyuiecTByIOT JaHHbIE O TOM, YTO FOMEO3HUCHbIC
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MepegHWiA KOMNAPTMEHT WY HOKANbLA
NpeBpaTUnCcA B nepeaHun
KOMNapTMeHT Kpeina
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Puc. 16-72. XKyxoxanpue myranra bithorax (5); mis cpaBHeHus npuseaeHa (pororpadusi HOPMAIBHOTO KpPbUIa M HOPMAIIBHOTO XKYOKaNbIa (4).
INepennuit KOMIAPTMEHT MyTaHTHOTO XKy KaJIbla IPEBPATUIICS B NIEPEIHUN KOMIIADTMEHT KpbLIa. (4 - ¢ mobe3Horo paspeuienus Peter Lawrence, b - u3 F.
H.C. Crick, P. A. Lawrence, Science, 189, 340 347, 1975. Copyright, 1975 by the American Association for the Advancement of Science.)

CEJIEKTOPHBIC TeHBI JEHCTBHTENHHO O0JIaJaloT TaKUM CaMOIIOJICP)KHBAIOIIUM CBOWCTBOM. Hampumep, KIETKH B KyJNbType MOXKHO TpPaHCHHUIMPOBATH
HCKYCCTBEHHO CO3JaHHBIM BEKTOPOM-ILIa3MHUON, KOTOpasi COACPIKHT JIHOO MOCIEL0BATEIBHOCTh TOMEO3HUCHOTO CEJIEKTOPHOIO TeHa, KOAUPYIOLIYI0 OSI0oK 1
COCAMHCHHYIO C KAKUM-IH00 MHBIM CHIIBHBIM IPOMOTOPOM, JTHOO PEryIISTOPHYIO MOCIEA0BATEIBHOCTS TOrO XKE I'€HA, COCIUHEHHYO C II0CICA0BATEIBHOCTHIO
JIPYroro reHa, KOJUPYIOIIEro pyroi 6enox (Hampumep, GepMeHT, BEISIBIICHAE KOTOPOTO He BBI3BIBACT TPYJHOCTEH). B mepBoM ciyuae MOXKHO obecrieunTs Ha
HEOOXOAMMOM YpOBHE CHHTE3 0elKa, KOAMPYEMOI FOMEO3UCHBIM CEIEKTOPHBIM IEHOM, @ BO BTOPOM - HPOBEPHTH HACKOJIBKO d()(EKTHBHA PEryIsITOPHAS
(dyHKIMS JaHHOTO Oenka (3TO OmpeeNsieTcs M0 CUHTE3y (epMeHTa-penopTepa B KJIETKaX, TPaHC(HHUIUPOBAHHBIX OJHOBPEMEHHO IUIa3MUaMH OOOUX THIIOB).
B Takux ombltax ObUIO IOKa3aHO, 4To Oenok Ultrabithorax MoskeT oka3bIBaTh BIMSHHE IIO THITy OOpAaTHOM CBSI3U HAa PETYISTOPHYIO IIOCIICJOBATEIEHOCTD
Ultrabithorax, ctuMynupysl SKCIPECCHIO COOTBETCTByIomero rexa (puc. 16-73). Boiee Toro, oH Takke CIOCOOCH BO3ACHCTBOBATH HA PETYISTOPHYIO
MIOCJIEIOBATEIbHOCTD Antennapedia, KOHTPOIMPYS CHHTE3 COOTBETCTBYIOIIEro Oenka, a Oenok ftz, Bo3MOxHO, ctumynupyer kak Ultrabithorax, Tak u
Antennapedia. KoneuHo e, yCIOBHS, CO3aBacMBble B KJICTOYHOI KyIbType KaK B MOJICIH, HE COOTBETCTBYIOT yCIIOBHSIM, BO3HUKAIOIINM B 3apOIbIIIe, TEM HE
MEHee 3TH HaOJIIOJICHHs IOKa3bIBAIOT, YTO FOMEO3HCHBIE CEIEKTOPHBIC TeHBI H X POJUYM MOTYT HE TOJBKO CTHMYJIMPOBATh WIM HHIMOUPOBATH IPYT Ipyra,
HO ¥ CTHMYJIHPOBATh CaMux ceOsi.

BeposiTHO, Takas NOJOXKHUTENbHAsE OOpaTHAs CBSI3b BaXKHA JUISL MCXOJHOW YCTAHOBKM COCTOSHHMS aKTHBAIlMH T'€HA, HO JUIS HOJCPIKaHUS JTOrO
COCTOSIHUSL B T€UESHHE JJIUTEIEHOTO BPEMEHH MOTYT HCIIOIB30BAaThCS JPYTUe MeXa-
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Puc. 16-73. DxcriepiMeHTBI, B KOTOPBIX OBUIN UCIIOIb30BaHbI KIETKH, TPAHC(HUIIMPOBAHHBIC HCKYCCTBEHHO CO3JIaHHBIMHU IIA3MU/IaMH C BCTPOCHHBIMH
renamu Ultrabithorax (Ubx) u fushi tarazu (fiz), nokassiBaiot, uro 6enxu ftz (5) u Ubx (4) MOTYT BIUSTH Ha PETyISATOPHYIO 001acTh reHa Ubx, CTHMYNUPYS
ero akcnpeccuio. Camoctumyssitms Ubx (4) co3aaeT MOJ0KHUTENbHYI0 00paTHYIO CBsI3b, KOTOpPast 00eCIeYnBaeT CaMONOAIePKUBAIOLIYIOCs aKcpeccuio Ubx

in vivo. AHanoruyssii 3¢dext Habmomaercs 1 reHa Antennapedia. Ha JaHHOM pUCYHKE CUTYyallusl, OJHAKO, 3HAYUTENIBHO YIpolleHa. B pearbHOM
9MOpHOHE CYLIECTBYET, HO-BHIHUMOMY, MHOXKECTBO PETYIIITOPHBIX OEIKOB, KOTOPBIE 00BEIUHSIOTCS U/HIN KOHKYPUPYIOT, OCYIECTBIISAS KOHTPOIIb
9KCIPECCHH 3THX I'CHOB.
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Puc. 16-74. MyranTHBIN 5MOPHOH,
nedexTHbIN 10 TeHy extra sex combs
(esc), IOyYESHHBIN OT MaTepH, y

KOTOPOM TaK)XE OTCYTCTBYET 3TOT I'€H.

Bce cermenTs! TpaHCc(hOpMUPOBAHBL H
HAIIOMHMHAIOT MOCJICHUI OPIONIHOM
CerMeHT (cpaBHUTE ¢ puc. 16-65). Y
9TOr0 MyTaHTa XapaKTep KCIPECCUH

TOMEO3HCHBIX CEIEKTOPHBIX TCHOB
(cHayasa MOYTH HOPMAJILHBIN)
CTaHOBUTCS HECTAOMIBHBIM H

BCIIE/ICTBHE 3TOTO BCKOPE
Ha0JII0]aeTCsl BKIIIOYEHHE BCEX
JaHHBIX TEHOB BJOJIb BCEil OCH Tena.
(G. Struhl, Nature, 293, 36-41, 1981.)
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HHU3MBL. TeM He MeHee ceifyac Mbl HAYMHAeM OHUMATh, KAKUM 00pa30M HMPOAYKTH TOMEO3UCHBIX CEICKTOPHBIX
TEHOB MOTYT MCIIOJb30BaThCi OJHOBPEMEHHO B KAueCTBE MOJIEKYJSAPHBIX aJpecoB, MAaMATHBIX 3amMced U
HMHCTPYMEHTOB JISI PETYJISIMUH aKTHBHOCTH JPYTUX TCHOB.

16.5.17. Dxkcnpeccusi rOMeO3MCHBIX CeJIEKTOPHBIX F'€HOB PeryJHpyeTcs M0 MPUHIUITY
nu¢¢epeHIUATBHOIO CIVIAHCHHTA, 2 TAKIKE 32 CYeT KOHTPOJIS TpaHCKpunuuu [56, 61]

B mIMPOKOM CMBICIE CHCTEMa IOMEO3HCHBIX CEICKTOPHBIX T'CHOB, BEPOSTHO, 00IaJacT MPOCTOH
palMOHATIBHON opraHu3anued u ¢yHkuuei. OJHAKO B JETANAX CYIIECTBYET MHOTO CIOKHOCTeH. Hampumep,
B3aMMOJCHCTBHS POJYKTOB TOMEO3HCHBIX CEIICKTOPHBIX I'€HOB C JPYTMMHU I'€HAMH KaK TaKOBOT'O, [I0-BUIHMMOMY,
HEJIOCTATOYHO Il CTAaOMIIM3allMi WCXOAHOrO Xapakrepa skcrpeccud. HeobXomuM JOIOIHUTENBHBIH HAabOop
TCHOB, W MNpPH HX HHAKTHBALMM B PE3YJbTATC MYTAUWM TOMECO3HMCHBIC CEJICKTOPHBIC TIECHBI BKIIOYAIOTCS
HE3aBHCHMO BO BCeX KieTKax 3MOpuoHa (puc. 16-74). IlocTosiHHBIC OTIMYMS HapacerMEHTOB APYT OT Apyra B
CBOCH OCHOBE MOrYT ObITh CBS3aHbI C HACJIELYEMbIMH W3MCHCHHSAMH DETYJSTOPHBIX y4acTKOB FOMEO3HCHBIX
CEJICKTOPHBIX I'CHOB, KOTOPBIE KaKUM-TO 00pa3oM IOABEPINIICh UMIPHHTHHIY HA YPOBHE CTPOCHMS XpOMaTHHA
(em. pazn. 10.3.10). Bosee Toro, HecMOTps Ha TO, YTO KOMIUIEKC bithorax ompenernsier xapakrep IEBATH
[IapacerMeHTOB, OH COAEPXKUT Beero 3 rena: Ultrabithorax, abdominal-A w abdominal-B. JTn TeHBI, KaKk U TeHBI
komiuiekca Antennapedia, HeoObr4aiiHO BenuKH. [l HUX XapakTePHO HAJIMYHUE OYCHB CIOXKHBIX PEryJISTOPHBIX
nocieoBaTebHOCTEH. [109TOMY ¢ Kakaoro reHa obpasyercsi HabOp pasIMYHBIM 00pa3oM CIUIAHCHPOBAHHBIX
TpanckpunroB. Hampumep, ren Ultrabithorax copepxur mnpumepHo 75 000 nap HyKICOTHIOB, |
COOTBETCTBYIOIINE €My TPAHCKPUIITHI B 3aBUCHMOCTH OT CTaiWM Pa3BUTHS U PACIIOJOKCHUS JaHHOH KICTKU B
9MOPHOHE CIUIAHCHPYIOTCS MO-pa3HOMy. MyTamuu, JOKaIH30BaHHbIC B PasHbIX y4acTKaX B IIpeJenax TIeHa,
MOTyT BO3JCHCTBOBATh Ha pa3HbIC MMapacerMeHThl WM Ha Kakue-IMOO 4acTu mapacermenTos. Tak, Hanpumep,
MyTalHy, JOKAIM30BaHHBIC B OJHOM M3 y4acTKoB reHa Ultrabithorax, mpeBpalalOT MEPEIHION MOJIOBHHY
JKyXOKaJIbLa B IIEPEAHIOI0 [OJOBHHY Kpbia (cM. puc. 16-72), a MyTaluu Apyroro y4acrka IpeBpalaroT 3a/{HI0k0
YacTh JKYXOKalblla B 3a/HIOK0 YacTh KpbUIa. DTH MYTAlMHM PACIIOJNIOXEHBI B Pa3HbIX MECTaX M 3aTParkBaroOT
pa3HBIC YYaCTKH Tea, O3TOMY OJHO BPEMs IOJIAralIM, YTO OHHM COOTBETCTBYIOT PasHBIM I'€HAM; B PE3ysbTaTe
OHHM HOJy4YWIIH pa3Hble Ha3BaHUs - bithorax u postbithorax. K HacTosiieMy BpeMEHH BBISICHIIIOCH, YTO MHOTHE
MyTalM{ TOMEO3HCHBIX CEJICKTOPHBIX T'€HOB, KOTOPbIC BIHMSIOT HA OTJACIBHBIC apacerMeHThl JU0GO YacTH
[apacerMeHTOB, HE SBISIOTCS MYyTalHsIMH Pa3INYHBIX TCHOB, @ MOTYT OBITh OTHECEHBI K Pa3INYHBIM y4aCTKaM
OJTHOTO U TOTO ke OOJIBIIOTo CIIOXKHOTO rena (M. pasa. 10.3.19).

16.5.18. MHorue reHbl, KOHTPOJUPYIOLIUE CTAHOBJIEHHE MPOCTPAHCTBEHHOM
OpraHu3alHy, COAEPKAT KOHCEPBATHBHbIE I10CJI€10BATE]IbHOCTH T'OME000KCa, KOAUPYIOLIEro
yacTb JIHK-cBsi3bIBalomero oemnka [62]

ITopa3uTenbHBIM PE3yIbTATOM KJIOHHPOBAHHS TOMEO3HCHBIX CEICKTOPHBIX TCHOB OBLIO OTKPBITHE
TOCIIe/IOBAaTEIbHOCTH NpuMepHO u3 180 map HyKIeoTHI0B, Ha3BaHHOH roMeoOOKCOM; OHa C HEOONBIIMME
BAPUALMSAMH COZEPKUTCS NPAKTHYECKH BO BCEX I€HaX JAHHOTO THUIA, a TAKKE B HEKOTOPBIX JPYIHX IE€Hax.
Hampumep, ren rpynmst pair-rule (fiz) comepXUT HOCIEZOBATENbHOCTh HYKJICOTHIOB, Ha 77% HICHTUYHYIO
roMeo0oKcy Antennapedia, a cOBIAJEHHE MOCIENOBATEIFHOCTH aMHUHOKHCIIOT, KOTOpbIE KOAMPYIOTCA STUMH
reHamH, eme 6onbie u gjocturaet 83%. Y 1po3oduisl MUHK-
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MyM 16 reHOB cozmepiKaT rOMeOOOKC, XOTs MpeJeIbl TOMOJIOTHH BapbUPYIOT AOCTATOYHO IIHPOKO, U MOYTH BCE TOMEOOOKC - COACPIKAIIHE TeHBI SBIIOTCS
KJIIOYEBBIMH CpeH NpUMepHO 50 reHOB, KOHTPOJMPYIOIIMX HPOCTPAHCTBEHHYIO OpraHHM3alUIo BAOJb IepenHe3agHeil ocu Tena. Ciona OTHOCSTCS T'E€HBI
nossipaocTy situa (bicoid), pair-rule-eenvt (fiz, even-skipped, paired), TeHbl TOISIPHOCTH CETMEHTOB (gooseberry, engrailed), IPaKTHYECKU BCE TOMEO3UCHBIC
CENICKTOpHbIE TeHbl W3 KoMIUieKkcoB Antennapedia m bithorax. CymiecTByeT Kak MHUHHMYM OIMH TeH (zerkniillt), ydacTByromuii B (OpPMHPOBaAHUU
HPOCTPAHCTBEHHOH OPraHU3alluM IO JIOPCOBEHTPAIBHON OCH, cojepXkaluii romeoOoke. M3 3Tix HaOmIoeHHIT cielyeT, 4TO HaJIudue roMeoOOKea - OJIMH H3
XapaKTepHBIX IPH3HAKOB T€HOB, KOHTPOJIMPYIOIIHX CTAHOBJIECHUE IPOCTPAHCTBEHHON OPraHU3allluH.

T'ensl1, comeprkamue roMeo00Kce, Kak MpaBHIO, KOAUPYIOT OCINKH, JIOKAIH30BaHHBIC B KICTOUHBIX SIpax, YTO MPEAIoIaraeT ux mpsMoe yJacTHe B
KOHTPOJIE 3KCIpecchu reHoB. Kpome Toro, 11ociieoBaTeIbHOCTh aMHHOKHCIIOT, 00pa3yolas FoMe00O0KC, BEPOSTHO, O3BOJIAET OeJIKaM Ap030(pHIIBI, KOTOPBIE
ee CofieprKart, CBI3bIBaThCs co crermbpuaeckumu yuactkamu JHK, dyHkunonnpyonmmu kak sHXaHcepbl U cainercepst (pa3a. 10.2.7) reHHoit akcnpeccud, B
TOM YHCJIe YKCIIPECCHU IPYTUX COACPIKAIINX TOMEOOOKC TeHOB.

CymecTBoBaHue CHeUU(UISCKUX PEryJsaTOpHbIX ImocienoBarenasHocted B JIHK, y3HaBaeMbIX Oenkamu, KOTOpbIE COZEpKAaT IOMEH,
COOTBETCTBYIOIIUN rOMEOOOKCY, HO3BONISIET MPENOI0KHUTh, YTO H OHM SIBIAIOTCS XapaKTEepHOU 4epToil TeHOB, COAep)KalluX TOMEOOOKC H YyYacTBYIOIIUX B
($hopMHPOBAaHUH IPOCTPAHCTBEHHOW opraHm3anuu. HeTpyaHo NpencTaBHUTh, KaKk TaKHe TCHBI C KpaiHe HE3HAYUTENbHBIMH DPa3IHYMSIMU B PETYIATOPHBIX
IIOCIIEI0BATENILHOCTSX U MOCIEI0BATEIBHOCTSAX, KOAUPYIOMUX OSIIKH, MOT'YT OOBEIUHUTECS U 00pa30BaTh CIOXKHYIO CETh, B KOTOPOH MPOIYKTHI OJJHOTO TeHa
KOHTPOJIUPYIOT 3KCIIPECCHIO APYTOro; MOoA00HbIH MEXaHU3M 00CykKaaJICs, KOrIa Mbl pacCMaTpHBaIN (pOPMUPOBAHUE IPOCTPAHCTBEHHOH OpraHH3aLliu BIOJIb
nepeaHe3agHeil ocu sMOproHa Apo3odunasl. B Takoil cucreme MeXaHU3MBI KIETOYHON HMAaMSTH M JSTEPMUHALUIO MOXHO JOCTaTOYHO IPOCTO OOBSCHHTDH
caMoperyJisinueil 9KCIPeCcCH T'eHOB, CXOJHOU ¢ caMOperyIisiuei, koTopas Obuta onucana st reHoB Ultrabithorax (cm. puc. 16-73).

16.5.19. B 3Bosmiouuu roMeo60kc 00/1a1aeT BLICOKOI cTeneHbI0 KOHcepBaTH3Ma [62, 63]

VauBHUTENbHAs TOMOJIOTHS TCHOB, COACPXKALIMX TOMEOOOKC, JaeT BO3MOXHOCTb MpPEIOaraTb, 4TO OHH BO3HHKIHM 33 CYeT COOCTBEHHOM
JyIUTMKALUW 1 JUBEPreHINH. BO3HUKHOBEHNE THOB IIyTEM TaHIEMHO AyIUIMKALMK ¥ AUBEPTCHIHH CIICAYET TAK)KE U3 KJIACTCPHOTO PACIIOIOKCHUSI MHOTHX
9THX TeHOB B reHome aposzoduisl. Komiuieke Antennapedia, Hanpumep, BritoyaeT reHsl ftz, bicoid, zerkniillt, a Taxke HaOOP TOMEO3HUCHBIX CEJIEKTOPHBIX
reHoB. DOPMHPOBAHHE KJIACTEPOB TI'CHOB, COACPXKALIMX TIOMEOOOKC, MOXET ObITh OTPAXEHHEM WX HCTOPHH W HE SBISACTCS (U3MOIOTHYECKON
HEOOXOAMMOCTBIO; ¥ MyX, Yy KOTOPBIX BCICACTBHE I'€HETHYECKHX Iepectpoek reH Ultrabithorax BelmemeH u3 komiuiekca bithorax, He oGHapyKuBaeTCs
HHUKaKHX aHOMAJINii B CTPOCHUH TeJIa.

IpencraBisieTcss BEpOSATHBIM, YTO IO MEPE YCIOKHEHHs CTPOCHHs Tela K TeHOMY JOOaBISIOTCS CEPUH M3MEHEHHBIX I'€HOB, COICPIKALIMX
roMeo6okc. MyTaHTbl Jpo30(Quibl, y KOTOPLIX OTCYTCTBYIOT T€ HIJIM MHbIE HAOOPHI FEHOB, COAEPIKAIMX TOMEOOOKC, XapaKTepH3yIOTCs (HEHOTHIIHYECKUMI
[pH3HAKaMH, CBOMCTBEHHBIMH, BO3MOXHO, CTPYKTYpPaM IPEAKOBOro opranusma. Harpumep, yaajiiB onpe/ie/ieHHbIE TOMEO3UCHBIE CEIIEKTOPHBIC TEHBI, MOKHO
HOJIYyYHTh JKMBOTHOE C XapaKTEPHBIM DPACIIOI0KEHHEM MHOXKECTBA MICHTHYHBIX CErMEHTOB HANOA00ME MHOTOHOXKKH; €ClM Obl yHajoch IPOMTH MO IyTH
9BOJIIOLIMH €IlIe Ha LAl Ha3a/l, yIAJIHB TeHbI HOJISPHOCTH CETMEHTOB U IEHbI



tSA_KODELIJKM CNUHANbLHBIX HEPBOB
Puc. 16-75. A. Psn comuroB (mepeiHuil KOHeLl

Tejlla HaXOJMTCA cleBa, 3aJHMH - cHpasa)
JBYXTHEBHOTO KypHUHOTO 9MOpHOHa,
OKpAIICHHBIX ~ AaHTHTEIAMH, PACIIO3HAIOIIMH
KIIETKU HEPBHOT'O rpebHs: nocjeHue

MUTPHUPYIOT TOJIBKO 4epe3 MEPEIHIO0 TONOBHHY
K@KIOr0 W3 COMHTOB, IIOCKOJBKY KIJICTKH,
COCTABISIIOIIINE 3Ty IEPEIHIOI0  IOJOBHHY,
CYILIECTBEHHO OTJIMYAIOTCS OT KICTOK 3aiHeit
[OJIOBUHBI (B MEPBOM CIy4ac YCIOBHS JULSL
MHIPALMU KJIETOK OJIarONpHsTHEI, BO BTOPOM -
Her). 5. Yyactok Ooisiee B3pOCIOro KypHUHOTO
9MOpHOHA,  OKPAIICHHBIH Ui BBISIBICHUS
KOPEIIKOB CHHMHAIBHBIX HEPBOB B TEX MECTax,
I OHM TPOXOAAT 4Yepe3 coMuThl. IlomoOHO
KJICTKaM HEPBHOTO TIpeOHs, HEPBHBIC KOPCLIKH
MHIPHPYIOT TOJIBKO 4Yepe3 MEePEAHION0 MOJIOBUHY
comuta.  Pe3ynpTaThl  9KCHEPHUMEHTOB IO
mepecagke TKAaHCH IIOKa3bIBAIOT, YTO TaKOE
CETMGHTApHOE  CTpPOGHHE  IepHpEepHIEcKOit
HEPBHOH CHCTEMBI ONpEICISETCS HCXOJHBIMU
pasIHYMSAMHM  MEXAY MEPeJHHIMH W 3aIHHMHA
KJIETKaMH COMHUTA B OTHOLICHWUH JETEPMHHAIIU
(3T0 HANOMMHAET XapakTep OSKCIPECCHHU TI'eHA
engrailed y npozoduisl). (4 - u3 M. Rickman,
J.W. Fawsett, R.J. Keynes, J. Embryol. Exp.
Morphol., 90, 437-455, 1985; 5 - ¢ mobe3noro
paspemenus Claudio Stern.)
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pair-rule, To MOXXHO OBUIO OBI IOJYYHUTH TUIIOTETHYECKOrO MPEAKa, OPraHW30BAaHHOIO HAIOJ00Me
HeMmaTox 0e3 CerMeHTAlnM, HO C COXPaHCHUEM Pas3iMYMB MEXIy IOJOBOH M XBocToM. Mcxons u3
TaKOH MOCJIC0BATEILHOCTH COOBITHII, T€H MOISPHOCTH siiua bicoid, BEPOSTHO, MOXKHO CYHTATh
MPEIKOBBIM IIPEICTABUTENIEM CEMEICTBA IeHOB, CofepKaIix roMmeoboke. KoneuHo, 3To moka Bcero
JIMIIb TUIOJ HAILIEr0 BOOOPAXCHHMs, HO HE HCKIIOYCHO YYacTHE TAKOro IPEeJKOBOrO rOMeoOOKC-
cozepaKamiero reia B (JOpMHPOBAHHH IIPOCTPAHCTBEHHON OPraHM3aLMK TEJA, TAK KaK UMCHHO 9Ty
(DYHKLHIO BBIONHSIOT HIPAKTHIECKU BCE €r0 MOTOMKH y Ap030(UiIbL.

OTKpbITHE TOMEOOOKCa CTABUT HEpe]] HAMH BOIPOCH! 60Jiee IIMPOKOTO 3BONOLMOHHOTO
3HaueHHs. | 0MEOOOKC-coiepKaINe TeHBI OOHAPYXKCHBI HE TONBKO y HACEKOMBIX M JIPYTHX
YJIEHHCTOHOTHX, HO U y HeMatoasl C. elegans, y KONbYATHIX YepBeil (IUSBOK M JTOXKIEBBIX YepBeil),
y MOPCKHUX €Xei, IPUMHTHBHBIX XOPAOBBIX M Y MO3BOHOYHBIX (BKIIFOYAsH JIATYIICK, Kyp, MbIIICH 1
yenoBeka). ['OMEOOOKCHas — MOCIENOBATENBHOCTh  OOJAmaeT  yIMBHUTEIBHOW  CTEIEHBIO
KOHCEpBaTH3Ma Ha YPOBHE CTPYKTYpHI O€lKa; OAWH N3 OENKOB, COOTBETCTBYIOIIMX TOMEOOOKC-
coaepalieMy reny Xenopus, o0nafaeT mocieaoBaTeabHOCTbI0, 59 U3 60 aMHHOKHCIIOT KOTOPOM
HACHTUYHBI TOMEOJOMeHY B Oesike Antennapedia apo3oduisl; U 310 HecMoTpst Ha 500 MuH. JeT
He3aBHCHMOIT dBoyonuy. Takast BBICOKas CTEHECHb KOHCEPBAaTHU3Ma II03BOJLSIET IPEJIIONIaraTh, 4To
MEXaHH3Mbl, KOHTPOJHUPYIOIIUE OCHOBHOW IUIAH CTPOCHUS TEla y HACEKOMBIX H MO3BOHOYHBIX,
MOTYT UMETh (hYHAAMEHTAIEHOE CXO/ACTBO.

16.5.20. MexaHu3MBbl PerMOHAJIBHON KJ1€TOYHOI JeTepMUHALUH Y
TMO3BOHOYHBIX H HACEKOMBIX MOT'YT OBITh CXOAHBIMH [63, 64]

OmnuceiBasg CTPOGHHE PAHHEro 3apoibimia apo3oduisl (pasx. 16.5.2), Mbl oTMedanu
CXOACTBO C MO3BOHOYHBIMH. JKHBOTHBIE U TOTO, H APYrOro KJIacca B CBOEM Pa3BHUTHU IPOXOIAT
4yepe3 CTafuIo TacTPYIIIHY, 00SCHeYNBAIONIYI0 HMOSBICHHE PA3IMYHBIX 3apOABIMICBEIX JIHCTKOB;
TEJI0 MpEe/ICTaBUTENeH 000X KIIACCOB MOAPA3/EIsETCs Ha CErMEHTBI, PacIojaratoiuecs oomnee 1in
MeHee NEPIeHIUKYIIPHO 10 OTHOIICHHIO K 3aK/IaJKaM 3apOJIbIIIEBBIX THCTKOB. COMUTHI Y MOpHOHA
MO3BOHOYHBIX M CETMEHTH YMOPHOHOB JIpO30(IIBI BHEIIHE CXOAHBI, HO aHAIN3 X IIOBEACHUS
[OKa3bIBAaCT, YTO OHHM OOJIANAIOT PA3INYHBIMH IO3ULMOHHBIMH 3HAYCHHUSMH, KOTOpble U
ONpEeeAOT UX (COMUTOB) AanbHelIIylo auddepeHunpoBky. Kak u B ciydae HMMarvHajabHBIX
JIICKOB JpO30(MIbI, TaKyl0 IO3UNHOHHYIO IETEPMHHAIMIO MOXHO IPOJEMOHCTPHPOBAThH B
9KCHEPUMEHTAaX [0 TpPaHCIUIAHTAalMu. Tak, HampuMep, y PaHHUX KYPUHBIX IMOPHOHOB BHOBb
(hopMHpYIOIIHMECS COMUTBI MOXHO IEpecajuTh Ha apyroe mecto. Ha sToif cragum rpyaHele u
HICHHBIe COMHUTHI BHEIIHE IPAKTHICCKH HEPA3INUUMBI, XOTS IPYIHBIE COMUTHI IIOCIIE TIEPECaIK B
00JIacTh IIEeU JalyT Hayajao rPYAHBIM II03BOHKAM C peOpaMu, a COMHUTHI ILIEH MOCIIe Mepecaiku B
0o0macTh TpyOM JAalOT HAayajdo XapaKTepHbIM MIeiiHpIM Mo3BOHKaM. Ha 3ToM cxonactBo He
3aKaH4UBaeTCs. M3BeCTHO, UTO KaXK[(bIi CETMEHT TeJla HACEKOMBIX JIETUTCS Ha MepelHuil U 3aaHuil
KOMITAPTMEHTBI, OTJIMYAIOIIKECS APYr OT Apyra IO 3KCIIPEcCUH I'eHoB engrailed. Tax xe pes3ko
pa3IMyYaloTCs IO CBOEH XHMMHYECKOH HpHpoje MepelHHe U 3aIHHE IOJOBHHBI COMUTOB KypPHUHOTO
3apojpima (puc. 16-75), 4T0 NposBISETCS B CBOMCTBAX KICTOYHOH MOBEPXHOCTH, PETUCTPHPYEMBIX
C NOMOLIBI0 HEKOTOPBIX JIEKTUHOB, a TAKKe B WX BIMSHUM Ha HANpPaBICHHE POCTa HEPBHBIX
BOJIOKOH.
ITocne OTKpHITHS TOMEOOOKCA IOSBHIIACH BO3MOXHOCTh IIPOBEPHTb, HE SBIISIOTCS JIM TaKHE
AQHAJIOTUH OTPAKCHUEM pacIpelesIeHus] OIpeeleHHbIX Moyiekyl. K HacrosimeMy BpemeHH ObLIO
M0Ka3aHo, YTO MOCJIEN0BATEIbHOCTh HYKJICOTHIOB HEKOTOPBIX U3 TOMEOOOKC-COAEp KalIUX IeHOB
MO3BOHOYHBIX ~TOMOJOTHYHBI COOTBETICTBYIOIIMM TI€HaM Jpo30(HIBI M 3Ta TOMOJIOTHUS
HPOCTUPACTCS 3a MPEIEIIbl TOME0O0KCa; C TIOMOIIBIO METO/Ia THOpH IH3a-
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Hox 2.1 u Hox 3.1, BbIBISIeMBIH [0 METOAY THOpUAM3AlLMH in Situ B COCEIHUX
NPONOJBHBIX cpe3ax dYepe3 Bech 13,5-mHeBHBII SMOpHOH Mbly. Bblcokas
KOHLICHTpALUs TPAHCKPUIITOB COOTBETCTBYET BBICOKON KOHLEHTPALNK 3epeH cepebpa
Ha pajguoaBTorpadax. JIBa JTHX TeHa IKCIPECCHUPYIOTCS B PA3IMYHBIX, YaCTUIHO
HEPEeKPHIBAIONINXCSA YYacTKaX BJOJb IEpEeHe3aJHeH OCH B TOJIOBHOM M CHHHHOM
MO3re, a TAKKe B HEKOTOPBIX JIPYrHX TKaHsX. b. Xapakrep 3KcnpeccHu roMeo0oKc-
coJiepKallero reHa Kypullbl (KypHHOro a), obiajgamoomero Oco0eHHO OJIM3KOi
roMoJIoTHei ¢ reHoM engrailed npo3odmisl. B naHHOM ciydae ObUIM HCIOJIB30BAHEI
aHTHUTeNa, JIEMOHCTPUPYIOLINE pacHpeieieHue B JBYXIHEBHOM KypHHOM 3MOpHOHE
Oeska, KOJMPYEMOro 3THM TeHOM. B oTimume OT cBoero aHamora y ApO30(HIIb,
KOTOpBIl 00pa3yeT CephI0 CErMEHTHBIX I10JI0C, OENIOK en y KypHIIbI JIOKaJIu3yeTcs B
BHJC OT/ACIBHOTO CKOIUIEHUS B CpelHeM H 3axHeMm Mmosre. (4 - uz P. W.H. Holland, 5 L
B.L. M. Hogan, Development, 102, 159-174, 1988; 5 - ¢ n100e3HOr0 pa3pemeHus 500 MKM
Tom Kornberg.)
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Puc. 16-76. A. Xapakrtep 3KCHPECCUH JIByX I'OMEOOOKC-COAEPKALIMX T'€HOB MBIILH, i
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LM in situ OBLIO MOKa3aHO, YTO 3TH I'CHBI MO3BOHOYHBIX 3KCHPECCUPYIOTCS B CTPOTO ONPEEICHHBIX Y4acTKaX 3MOpPHOHA MO3BOHOUYHBIX (puc. 16-76). Otn
JIAHHBIE TO3BOJIAIOT CUUTATh, YTO MOJICKYJIIPHBIE MEXaHH3Mbl (POPMHUPOBAHHUS NPOCTPAHCTBEHHOW OpraHM3alMH y NO3BOHOYHBIX M HACEKOMBIX B CBOCH
OCHOBE OYCHb CXOXH, OJHAKO OLEHUTh MAcCIITA0bl CXOJACTBA JO CHX IOpP HE MPEACTABISIETCS BO3MOXKHBIM. Harmpumep, y MO3BOHOUYHBIX MPOCTPAHCTBCHHAsS
OpraHM3alys OO0ECICYMBACTCS B OCHOBHOM MEXKKJICTOYHBIMU B3aHMMOJCHCTBHSAMHM HAa CTAAHsAX APOOICHHS. 3[eCh HET aHAIoOra MpoLeccaM, KOTOpBIC
HPOUCXOJIAT B CHHIUTHAIBLHOM 3apOJIbIIIe HaceKOMbIX. boliee Toro, MHOrue CrenHauCcThl 10 (PHIOreHe3y MOJIAraloT, YTO CErMEHTHPOBAHHOCTh TeJa Y 3THX
TPYIII JKMBOTHBIX BO3HMKIIA B IIPOLIECCE BOJIOLMK He3aBUCHMO. K coxkalleHHIO, IPUXOAUTCS OTMETHTh, YTO Y TTIO3BOHOYHBIX HE 3apPErHCTPHPOBAHO HUYETO
JaXC OTAAJICHHO HAIOMHHAIONICTO TOMEO3HCHBIC MYTAllMH, CXOAHBIC C TAKOBBIMH y apo3o¢dmnsl. M ecam 3TO Tak, TO BO3HHKAIOT COMHCHHS, YTO
UCCIIeIOBaHUS APO30(HIBI TOMOTYT BHECTH CYIIECTBEHHBIH BKJIAJ B BBIABICHHE OOIIEH B3aMMOCBSA3M MEXK/y '€HaMH M HPOCTPAHCTBEHHOH OpraHu3amuei
Teja y BCEX OPraHH3MOB.

3akawvenune

Teno 0po3ouns, KAk u meio Opy2ux HACEKOMbIX, COCIOUM U3 HA6OPA NOBMOPAIOUUXCS MOOUPUYUPOBAHHBIX OA308bIX MOOYIEU (Ce2MeHmos) co
CReYUANUSUPOBAHHBIMU HECESMEHMUPOBAHHBIMY CIMPYKMYPAMU. HA nepedHeM U 3a0HeM Konyax mend. Jloboe Kpynnoe nodpaszoenenue Kaxico02o U3
cezmenmos onpedensiemcs 9IKcnpeccuel  0co6020 HAbOpa KOHMPOIUPYIOWUX 2€HO8, YMOUHSIOWUX MONEKYIsApHble aopeca 3mux noopazoeneHull.
Tpocmpancmeennas opeanuzayusi HAuuHaem GOPMUPOBAMbCsi ¢ 603HUKHOBEHUS ACUMMeMPUU AtiyeKnemku. 30eco MOJICHO pasiudums 08e ZPYRNbl 2eHO8 ¢
MAMEPUHCKUM



134

appekmom, Komopvie makdce Hasviearom 2cenamu noasprocmu sauya. OOHa epynna >mux 2eH08 omeeydem 3a OOPCOBEHMPANbHOE pAchpedeleHue
3apPoObILLESLIX TUCHIKOE U OCHOSHbIX 610068 MKAHel, a Opyeas - 3a hepedHe3aonee (Om 20106bl K X60OCMY) PACNONONCeHUe ceemenmos. Ipumepom eena smozo
nocnednezo kaacca cayxcum een bicoid, MmPHK xomopozo konyenmpupyemcs na nepednem konye sauya. I1ockonvKy 3apooblul HA HAYATBHLIX JMANax
paszeumus npedcmasisiem coboil cunyumuil, npooykm ceuma bicoid cnocoben necko Ouggynouposams uepes yumoszoib nNO 8cemy IMOPUOHY, CO30A8d
epaduenm mopgozena, onpedensiouuii 06uYI0 opeanuzayuio nepeorell NONOGUHbL IMOPUOHA. DmMom 2paduenm 3anyckaem ynopsaoO4eHHyIo KCHpeccuio
uepapxuiecKu Op2aHU308aHHOLU CMPYKMypbl 2€H08, 00pA308aHHOU 2eHamu 2pynn gap u pairrule, eenamu NONAPHOCMU CE2ZMEHMO8 U 20MEO3UCHBIMU
cenekmopHbIM 2eHamu. Imu nocieoHue 2eHbl noo enuanuem 2ena bicoid u é3aumodeticmeus medxtcoy coboul HAYUHAIOM IKCIPECCUPOBAMBCS 8 OMOENbHbIX
yUacmKkax IMOpUOHaA, YmMo nOCMenenHo NPUBOOUM K paz0eneHuio mena Ha NOGMOPAIOUUecst ce2MeHmol U ux 4acmu.

Okcnpeccus eenos epynnel gap u pair-rule Hocum épemeHHblll Xapakmep, HO OHA HAKIAObIEAEN OMNEYAMOK HA IKCHPECCUI0 2eHO8 NOJAPHOCIU
Ce2MEHMOB U 20MEO3UCHBIX CeNeKMOPHBIX 2€HO8, IKCHPeccusi IMux NOCIeOHUX TEHOB COXPAHAEMCs, N008epedsch HeKOMOPbIM YMOUHEHUAM 6 npoyecce
Oanvhetiwe2o passumus u obecnevusaem Kiemku no3uyuoHHou ungopmayueti. Mexanusm Knemounot namamu 4acmuyHo 06ecneyusaemcs NoI0HCUMenIbHou
06pamuoll ce:3bI0 (npednonazaioweti, 4mo Oenxosvie NPOOYKMbl 2OMEO3UCHBIX CELEKMOPHBIX 2eHO8 CIMUMYIUPYION MPAHCKPURYUIO COOCIMBEHHbIX 2eH08) U
YACMUYHO HACTeOYeMbIMU USMEHEHUAMU CMPYKMypbl Xpomamuua. Heobxooumocme HeKomopuix opm 3anoOMUHAHUS NO3UYUOHHBIX 3HAYEHUU MOJICHO
NPOOEMOHCIMPUPOBATL 8 IKCHEPUMEHINAX HA KIEMKAX UMASUHATLHBIX OUCKOS, U3 KOTOPBIX BO3HUKAIOM HAPYIICHbIE CIPYKMYPbl Meld 83POCI020 OP2AHUIMA;
9Mu KIETKH COXPAHAION NAMANb O CE0UX UCXOOHBIX HASHAYCHUAX 6 medeHue HeOnpeoeleHHO20 Yucia KiemouHvlx oenenutl. Takoe nosedeHnue onpeoensiemcs
NOCMOSHHBIM NPUCYMCMBUEM 2OMEO3UCHBIX CEIeKMOPHbIX 2eHO8 8 KaXCOOU OMOeNbHOU KiemKe 100020 UMASUHANbHO20 OUCKA. I panuybl KoMnapmmenmos,
Komopble, no 6cell 6epOAMHOCIU, NOO0EPACUBAIOMCS O1A200aps U3OUPAMenTbHOMY CIHIAHUIO OMOETbHLIX KIeMOK, OelAm KIemKu, Xapakmepuzyemvie
PA3IUYHBIM COCMOAHUEM OUDPEPEHYUPOBKU, COLTACHO IKCAPECCUU IMUX 2EHO8.

B 2enome zomeosuchvie cenexmopHble 2eHbl ccpynnuposansvi 6 06éa kiacca: komniexkc Antennapedia u komnuexc bithorax. Bee onu codepowcam
20Me0OOKCHYIO  NOC1e008AMENbHOCMb, KOMOPAs KOOUpyem BblCOKOKOHCEPEAMUBHYIO NOCIe0068amenbHOCHb npumepro u3 60 amunoxuciom. Oma
HYKIeOMUOHAs NOCIe008aMeNbHOCIb NPUCYMCMBYem U 6 HEKOMOPLIX 2eHAX NONAPHOCMU AUYA, 2eHaAX 2PYNNbl pair-rule, 2eHax NONAPHOCMU Ce2MEHMO8, 4o
ceudemenbcmey 00 OOWHOCIU IBONOYUOHHOZO NPOUCXONCOCHUS DMUX 2eHO8 U3 2eHA-NPeOUleC8eHHUKA, KOMOPblU NPUHUMAL yyacmue 6 pe2yiayuul
popmuposanus npocmpancmeenHoll opeanusayuu. I envl, cooepicauyie 20Me000Kc, 0OHAPYICEHbL Y PAZTUYHBIX HCUBONHDBIX, 6 MOM HUCTE Y KPYIblX Yepeell u
MAEKONUMAIWUX. NO3605em NPeoOnoioNCUNtb, YMO CMAHOGIEHUEe NPOCMPAHCIMBEHHOU OP2AHU3AYUU Y IMUX HCUBOMHBIX OCHOBAHO HA MOJEKYIAPHbIX
MEXAHUBMAX, CXOO C MOJEKYIAPHLIMU MEXAHUSMAMU, OetCMBYIOWUMU Y OPO30PUTIbL.

16.6. Opranoresne3: KOOpAUHUPOBAHHAS COOPKA CJI0KHBIX TKaHeI

(I)OpMI/IpoBaHHe HpOCTpaHCTBeHHOf/’I Opra"Husanyy 10 CHUX IOp pacCMaTpUBAJIIOCh HAMHU C TOYKH 3pEHUS U3MCHCHUSA CBOWCTB KJICTOK U IIpH 3TOM I'op
MCHBIIEC BHUMAHUA YACISJIOCH HX IIOJOKCHHUIO; MBI CICOWIM 3a HAapaCTaHUEM STUX W3MCHCHHUU B 0T}1€J’[LHO]71 TKaHH, B YaCTHOCTH, Yy ]I[pOSO(I)I/IJ'[LI MBI
paccMaTpuBaliv SIUACPMHUC, & B KOHCYHOCTAX ITO3BOHOYHBIX - COCIMHUTECIIb-



KU Pa3INYHBIX YYaCTKOB PAHHETO
9MOproHa aM(pUOUiT COPTUPYIOTCSI B COOTBETCTBUH CO
CBOMM IPOUCXOXKACHUEM. B Kitaccrmaeckom
9KCIEPHMEHTE, KOTOPBIIl CXeMaTHIECKH IIPEICTABICH
Ha 3TOM PHUCYHKE, KJIETKH MEe30JIepPMbI, HEPBHOI
[UIACTHHKH U SMHAEPMICcA OBUIH Je3arperupoBaHbL.
Tlocie nmepecopTUPOBKH KIETKH (OPMUPYIOT
CTPYKTYpY, HOXOXKYIO Ha HOPMAJIbHBIH SMOPHOH C
«HEpPBHOM TPYOKOI» BHYTPH, SIIUAEPMUCOM CHAPYX U U
mezozepmoii mexay Humu. (P. L. Townes, J. Holtfreter,
J. Exp. Zool., 128, 53-120, 1955; ¢ HeOonbImMu

HM3MECHEHUSMHU. )
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HyI0O TKaHp ckenera. OjlHaKO Ha caMOM JieJie BCIICACTBHE CJIOXHBIX JBIDKCHHH B
3MOpUOreHe3e Bce OpraHbl MPECTaBIsAIOT OO0 CIIOKHOE COYETAHUE Pa3JIMUHbIX TKaHEH,
00pa3OBaHHBIX  KICTKAMH, KOTOPBIC IMPOMCXOASAT W3 pasHbIX HCTOYHHUKOB M
PYKOBOJCTBYIOTCS Pa3iIMYHBIMH IpaBuiamMu. KieTouHble JBMKEHHUS TO3BOJISIOT COOpATh
BCE 3TH KOMIIOHEHTHI BOCIMHO. B 3TOM mociemHeM pasziene Mbl PacCMOTPUM, KaKUM
0o0pa3oM MO3MIHUOHHAs WHGOPMALHs YIOpaBIsieT KICTOYHBIMH  [BIDKCHHAMH U1
KOOPJMHHUPYET NOCTPOCHHUE CIIOKHBIX OPTaHOB, KAKOBBIMH SBJISAIOTCS KOHEYHOCTH.

16.6.1. U30upaTejibHOE CIUNIAHHE CTAOUIM3HPYET KJICTOYHbIE
CTPYKTYPHI, 06pa30BaHHbIE MO-PA3HOMY AeTEPMHUHHPOBAHHBIMH KJIeTKaAMHU
[65, 66]

B mporecce pasBUTHS JKHBOTHOTO KICTKH [BIKYTCS, NPOIH(BEPUPYIOT U
HNPUXOAAT B KOHTAaKT JAPYr C JPYroM, BCJIEACTBHE 4Yero IOTOMKH O3THX KJIETOK
MEePEeMEIINBAIOTCS. Y XHMEPHBIX 3apOABIIICi MBIIIM, HApUMEp, MepeMEIlaHbl KICTKH
IBYX HCXOJHBIX MODYJ, BCJIEACTBHE 4HYErO BO B3POCIOM OPraHM3ME XaOTHYCCKH
nepeMeIlanbl KIeTKM JBYX TIeHOTHNoOB (cM. pasn. 16.2.5). Ho ecnmm Hapymienue
PACIONIOKEHUS KICTOK MPOMCXOJUT IMOCIC HX JACTCPMHHALMH, TO MOTYT HaOJII0AaThCs
HAPYIICHUS B I[POCTPAHCTBCHHOM PACIPENCHCHHH KICTOK, XapaKTePH3YHOIMXCS
pa3IMYHBIMH  cOCTOSIHMSAIMH. [IpnoOpereHne KieTKaMH CBOWCTB, ONPENEIAEMBIX HX
MOJIOKCHUEM, TIPEIYNPEKIACT BO3MOXKHOCTh CIy4aifHOrO INEpEeMEIIMBAHUSA KIICTOK.
DeHOMEH KOMIIAPTMEHTOB Y Jpo30¢Quibl (cM. puc. 16.5.15) neMOHCTpUpyeT OAMH H3
CIIOCO00B JIOCTIDKEHHSI 3TOr0. BeposSTHO, IeTepMUHUPOBAHHBIC KJICTKH OCTalOTCS B
COOTBETCTBYIOIIMX KOMIIAPTMEHTAX 3a CYET CEJICKTHBHOIO CIHIAHMS C KICTKAMH,
00JafalONIMMI TaKUM )K€ COCTOSIHHEM JeTepMHHAImu. KIeTKH, 3KCIPecCHpYIOLIie
OJIMHAKOBBIC MOJEKYJISIpHBIE aipeca, MO BCeil BEPOSATHOCTH, CIMIAIOTCS MEXTY COOOMH
CHJIBHEE, YEeM KICTKHM C MHBIMH MOJEKYJSIPHBIMM agpecamu. OUeBHIHO, MMO3HIHMOHHAS
nHpOpMALMS, 3allMCAHHAS B pE3yJbTaTe AKTHBALMM TaKMX TCHOB, Kak engrailed u
Ultrabithorax, TpOSBISETCS TMOCPEACTBOM OIPEICICHHOTO BBHIOOpPa MOJICKYJ aJre3uu
KJIETOYHOH ITOBEPXHOCTH.

VY panHuX >MOpHOHOB amMbuOuil cTadbunusupyromue 3PGEKTbl MEKKICTOUHOM
anre3ud B OTHOLICHWH OpraHM3allid CTPYKTYpHl, oOeclednBaiolmell B3aHMMHOE
PACIONIOKEHHE PA3NIMYHBIX KJICTOYHBIX THUIIOB, BEPOSATHO, HACTOJIBKO CHIIBHBI, YTO
CIOCOOHBI BOCCTAHABIMBATH HOPMAJIbHOE PACIONOXCHHUE NaXe IOCIE HCKYCCTBEHHON
JMCCOLHAINH KIETOK, NMPUBOISIICH K 00pa3oBaHHIO Oec(hOpPMEHHOIH HEYIOPSIOYCHHOU
Macchl KieTokK. KieTku Me30aepMbl, HEHpajbHOM IUIACTMHKM M KIETKU SHHIEpMHUca
CIIOCOOHBI, COPTHPYSICh M3 TaKOH cMecH, (OPMHpPOBATH CTPYKTYphl C DIHACPMHCOM
CHapy»XH, Me30JepMOH II0J SIUICPMUCOM U CTPYKTYpOH, HAalOMHUHAIONMEH HEPBHYIO
TpyOKy, BHyTpU (puc. 16-77). VccnenoBanusi, MpOBEICHHBIC HA KYPHHOM W MBILIHHOM
9MOpPHOHAX, JAIOT OCHOBAHMS [10JIaraTh, YTO TAKOE MOBEICHUE ONPEACISICTCS, 10 KpaiHeH
Mepe dacTHuHO, cemelictBoM Ca’ © - 3aBHCHMBIX TIIHKOIPOTEHHOB (KAO2EPUHOB),
obecIerBalONMX KIETOUHYI0 aare3uto (cm. pasz. 14.3.7). tu u apyrue Ca’ “-3aBucHMbIe
MOJICKYJIbI KJIIETOUHOH anare3uu, Takue, kak N-CAM (cMm. pa3a. 14.3.6), nmuddepennpanbHo
9KCIPECCHPYIOTCS B Pa3iIMYHBIX TKAHAX PaHHEro SMOpUOHA M aHTHUTENIa NPOTHB JTHX
MOJIEKYJI HAPYIIAOT HOPMAJIBHYIO CEJICKTUBHYIO aAr€3HI0 KJICTOK OJHOTO THIIA.

16.6.2. IlpocTpaHcTBeHHBbIE CTPYKTYPBI, 00pa3yeMble MOJIeKYyJIaMH
KJIETOYHOH aJre3uu, peryJupyoT XapakTep MopgoreHeTu4ecKux
JNBHKeHu# [66, 67]

M3meHeHne xapakTepa SKCIPECCHU DPA3IMYHBIX KaArepUHOB TECHO KOPPEIUPYET C
HM3MEHEHHUEM acCOLHAIMK KJIETOK B IPOIIeCCe TacTPYIILUH, HeHpyIIsi-



Hepsrum rpebeqs

Inuaepmunc

Hepanan 1pyBxa

BeHTpanbHad cTopoHa

|
JanHun
KOHey

MNepeaHui

KOHeY

AopcaneHan
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y4acTBYIOIIMX B 00pa30BaHUI HEPBHOMH TPYOKH,
XOP/Ibl, COMHUTOB, HEPBHOT'O I'PeOHS U CKIEPOTOMOB.
(M. Ta-keichi, Trends in Genetics, 8, 213-217, 1987.)
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muu 1 GopmupoBanus coMuToB (puc. 16-78); Takue M3MEHEHHS B paHHEM 3MOpHOTEeHe3e
MOTYT DEryaupoBaThCi M IO KpaifHell Mepe dYacTMYHO 3aBHCETh OT PpACIpeAesCHHs
KaArepuHOB. B dYacTHOCTH, KaJArepHHBI, BEPOATHO, UIPAIOT BAXHYIO POIb B KOHTPOIE
o0Opa3oBaHMsI M pPaccachlBaHMS OIHMTEIHAIBHBIX CIOEB M KIETOYHBIX  KJIAaCTEpOB.
CrenoBarenbHO, IBWJKGHHS, Y4YacTBYIOIIME B  IOCTPOEGHHM pAHHEro  3apoplila,
OIIPENETAIOTCS. XapaKTePOM XHUMHUYCCKHX PA3IUIHi MEXTy KIeTKaMH, PACIOIOKCHHBIMH B
Pa3HBIX MeCTax.

OT10 ke ofliee IOJOKEHHE HIIIIOCTPUPYETCS MHOTOYHCICHHBIMH HHBIMHU
IpUMepaMH. DIUTENNH UMarnHAIBHOTO AUCKa APo30(MIIBl B Iporiecce 00pa3oBaHus Kpblia
B3pOCJIOTO OPraHW3Ma JOJDKEH BBIIPSIMUTHCS, BBITSHYTHCS U YIOXKHTBCS ONPEEICHHBIM
obpazoM. XOTs OTOT MpOIECC BO MHOIOM OCTaeTCs 3araJouHbIM, OH, BEPOSTHO,
oIpeeNsIeTCsl JOKATU30BaHHOH HKCIpeccrHel Cenu(puIeckux MOIEKyT aAre3uH KICTOUHBIX
MOBEPXHOCTEH, KOTOpblE K HACTOSAMIEMY BpPEMEHH HA4YMHAIOT WJICHTU(QUIUPOBATH C
HOMOIIbIO MOHOKJIOHAJIBHBIX aHTUTEN. PacmpeeneHne TakuX nOUYUOHHO Cheyughpuueckux
MOJIEKYZ KJIETOYHOU MOBEPXHOCTH TECHO KOPPENHPYET C XapaKTepoM YKIAJKH AUCKA B
npouecce Meramopdosa (puc. 16-79); HEKOTOpbIE M3 ITUX MOJIEKYJ, KaK OBbLIO MOKa3aHo,
OTHOCSITCSI K CEMEHCTBY MOBEPXHOCTHBIX PELENTOPOB KIECTKH, UMEHYEMBIX UHMeSPUHAMU
(pa3a. 14.2.17). B oriinume oT KaArepMHOB MHTEIPHHBI OMOCPEAYIOT PHCOCANHEHUE KIIETOK
K KOMIIOHGHTaM BHEKIECTOYHOrO Marpukca. Panee ObUIO IIOKa3aHO, 4YTO TaKue
B3aMMOJICHCTBHSA KJIETOK ¢ MaTPUKCOM BBIIOJHAIOT BaXKHYIO POJIb B IPOLECCE TacTpyIIILUM
(cM. pa3a. 16.1.5). Monekyabl MEXKKICTOYHOW aAre3ud M MOJIEKYJbl aAre3udl KICTOYHOI
MOBEPXHOCTH M MAaTPHKCAa MOXKHO PACCMATPHBATh KAK JBA BHJA KIIOUEBBIX IPUCIIOCOOICHUH
JUIs  TPaHCIALMM  ONPEACNCHHOH  CTPYKTYpbl — MO3HLMOHHOH  uMHGbOpMamuu B
IPOCTPAHCTBEHHYIO OPraHU3aIUI0 MOP(OreHeTHIECKUX IBIKCHUMH.

16.6.3. Y n103BOHOYHBIX EPBUYHBIM HOCHTEJIEM MO3ULIMOHHOMI
undopManuu sBjIseTcs Me3oaepma [68]

CoOBepILIEHHO OYEBHIHO, YTO MO3ULMOHHAs HHQpOpPMauus, KOTOPOH 00nagaioT
KJIETKH, MOXKET HPOSIBIATHECS IO-Pa3sHOMY. DTO OCOOCHHO XOPOLIO HMIUTIOCTPHPYETCS Ha
IpHMepe Pa3BUTHS CIOXHBIX OpraHoB. KOHEYHOCTh IO3BOHOYHBIX OOpa3yeTcs KIETKAMH
IIECTH Pa3IMYHBIX THIIOB, (POPMUPYIOIMMH COCANHUTEIIBHYIO TKaHb (KOCTH, CyXOXKHIIUS U T.
11.), IMHIEPMUC, MBIIIIBI, BHICTHIKY KPOBEHOCHBIX COCYZIOB, aKCOHBI HEPBHBIX KJIETOK H HX
TIIHaJIbHBIC 000JIOUKY, MUTMEHTHBIE KIICTKU M KPOBETBOPHYIO TKaHb KOCTHOTO Mo3ra. U xots
BCE OTU KOMIIOHEHTBHI 00JaJaroT COOCTBEHHOW, XOpOIIO ONpENEeICHHON CTPYKTYpOil, OHH
BHOCST pa3Hbli BKJIa B (JOPMUPOBAHNE KOHEUHOCTH KaK TAaKOBOW. Y MyX, pa3Mepbl KOTOPBIX
HEBEIIMKY, MOBEPXHOCTh Telld IO OTHOIICHHIO K 00BbEMy OUYEHb BENIHKa, W JHHAEPMHC,
00pa3yeMelit 3KTOJIePMOH, UTpaeT
Puc. 16-79. HmaruHanpHbli AHCK Apo30Quibl, 00pabOTaHHBII MOHOKIOHATHEHBIMHU
aHTHTENaMH, KOTOpble PACIIO3HAIOT MO3HIMOHHO-crenududeckuii anturen PS2. Yerkas
IpaHMIA OKPALIEHHOTO y4acTKa COOTBETCTBYET Kparo OyIylIero Kpblia, I AOPCaTbHBIA U
BEHTPAJIBHBIA DMUTEIMI KpbUIA BCTpPEYArOTCs, 00pasyst ckianky. IlpepblBHUCTOH JHHHEH
OTMeYeHa IPaHMIIa KOMIAPTMEHTOB BIOIb nepexuesanuei ocu. (V.C. Wilcox, D.L. Bower,
R.J. Smith, Cell, 25, 159-164, 1981.)
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JOMHHHPYIOLIYIO POJIb Kak B 0Opa30BaHHM 9K30CKEIETa, OOCCHEYHBAIOIICIO MEXaHMYCCKYIO OINOPY, TaK M B KOOPAHHALMM IPOLECCOB (OPMHUPOBAHMS
HPOCTPAHCTBEHHOH OpPraHU3alUK. Y IO3BOHOYHBIX, KOTOPBIE 3HAYUTEIFHO KPYITHEE HACEKOMBIX, POJIM 3aPOABILIEBHIX JUCTKOB N3MEeHEHb. ONOPHBINH Kapkac
Tesa obpasyeTcsi COSIUHUTEIBHBIMU TKAaHSIMHU (IJIaBHBIM 00pa30M 3a CUET ME30/IEPMBI); ajlee Mbl YBHANM, YTO 3TH TKAHH UTPAIOT TAKXKE KOOPIUHUPYIOLLYIO
poib B pOPMHUPOBAHNM IPOCTPAHCTBEHHON OPraHU3allMy BO BPEMs OpraHoreHesa. M nefiCTBUTENBHO, SKCIEPUMEHTHI Ha aM(UOUIX B HAaYaJe ITOrO CTOJICTHS
MOKA3aJId, YTO ME30JIepMa MIPacT BaXKHEHIIYI0 POJib B 3aKJaJKe MPOCTPAHCTBEHHOW OPraHM3alliM Y)KE Ha CaMbIX PaHHUX CTaJHAX CTAHOBJICHHS OOIIEro
IIaHA CTPOCHHS TeJa.

Kak yxe ynomuuamocs (cMm. pasa. 16.1.7-16.1.9), HepBHas cucrtemMa IO3BOHOYHBIX (OPMHUPYETCS M3 HKTOACPMBI MOJA HHIYLHUPYIOIIUM
BO3/ICHCTBUEM MOJCTHIAONIEH ee Me3oaepMbl. Eciu Kycouek Me30zepMbl, PacIoIokKEHHBI HEMOCPEJCTBEHHO IO 00NacThio OyIyliel HEepBHOI TpyOKH
OJIHOTO TacTPYJMPYIOILIErO 3apoAbliia aM(puOHu, nepecaguTs MOJ SKTOACPMY Ha OPIOIIHON CTOPOHE APYTOro 3apoblllia, TO 3KTOAEPMA B 3TOM Y4acTKe
HAyHET YTOJILATHCS M CBOPAYMBATHCS, 00pa3yst B 3TOM HEOOBIYHOM MECTE OTPE30K HEepBHOW TpyOku. IIpm 3TOM OCOOEHHOCTH JaHHOTO OTpe3Ka OyayT
3aBUCETh OT NPOMCXOXKACHHS Me3oiepMbl. Ecim Me3onepma Oblia B3siTa M3 NEPEIHEr0 ydacTKa, TO M3 DKTOAEPMbI 00pa3yeTcs 4acTh IOJIOBHOTO MO3ra;
Me30/iepMa M3 3aJ[HETO y4acTKa BbI30BET 00pa30BaHUE y4acTKa CIHHHOTO MO3ra. JTO MO3BOJISICT MPEAIONIOKUTh, YTO KICTKH SKTOAEPMBI HPHOOpETAaIoT
OIpE/ICICHHbIC O3UINOHHBIC 3HAYCHHS B 3aBUCHMOCTH OT MO3MIIMOHHBIX 3HAYCHUH JICKAIIUX HETOCPEACTBEHHO MO/ HUMH KJIETOK ME30CPMBL.

Perynsammst hopMupoBaHUs IPOCTPAHCTBEHHOW OPraHM3allMi CO CTOPOHBI IOACTHJIAIOMICH COEIVHNTENFHON TKaHH HaONIOJaeTcs NPH Pa3sBUTUM
MHOTHX OPraHOB MO3BOHOUYHBIX. Tak, K0OXa M KHUIIKA CO BCEMHU MX JKEJIC3aMH, IPUIATKaMH H JIOKaIbHOI crieiuuKaIueil mpruoOpeTaloT XapaKTepHOe s HUX
CTPOCHHE BCIEACTBHUE OMPEACICHHBIX B3aUMOJACHCTBUH, B KOTOPHIX KOMIIOHCHTHI COCIHHHTCNIBHOM TKaHH OOCCIICYMBAIOT COOTBETCTBYIOIIHE YYAaCTKH
SMUTENNS COOTBETCTBYIOIIEH MO3NIMOHHON HH(OopManueil. XopoumM npruMepoM TOMY ABJISIOTCSA SKCIIEPHMEHTHI Ha KOKE, HOKPHIBAOIIEH KOHEYHOCTH.

16.6.4. XapakTep u pacnpejejeHue NPOU3BOIHBIX JMHIEPMUCA KOHTPOJMpYeTcs AepMmoii [66, 69]

Koxxa cocrout u3 AByX cloeB - snuaepMmuca (IPEACTaBISIOIIEr0 coO0OM 3IUTeNui, 00pa30BaHHBIA HKTONEPMOI) M AepMbl (SBISAIOLICHCS
COCMHHUTENPHOM TKaHbIO, 00Opa3oBaHHOW (uOpoOnacTaMy, NPOMCXONAIMMH B OCHOBHOM U3 Me3oiepmbl). I3 smunmepmuca  (GopMUpYIOTCS
KepaTHHH3UPOBAHHbIE MIPUJATKH KOXKHU (BOJIOCHI, IIEPhsl, YSLIYH M KOI'TH), @ TAK)KE MHOTHE JKele3bl. [/ pa3HbIX y4acTKOB Tella XapaKTePHbI Pa3IH4HbIC BUIbI
KEPaTHMHU3UPOBAHHBIX MPOU3BOJHBIX: HA CIHMHE, KPbUIbSX M BEPXHUX YaCTAX HOT, HAPUMEpP Yy KypHIIbl, pacrojaraiorcs psusl nepses (puc. 16-80), a Ha
HIDKHHX YacTSX HOT - PAABI Yelryil. boiee Toro, B 3aBUCHMOCTH OT HOJIOXKEHUS B TIPEeNaX KaXJOTO psiia Mepbs U YeNIyH MOTYT Pa3iIHdaThes 1Mo Gopme
LBETY.

Ecnu y KypuHOro sMOproHa B3sITh SMUAEPMHC C HOTH, I OH M03Ke 00pa3yeT uelryu, 1 0ObeAMHUTD C AEPMOU CIIMHBIL, I'JIe OH B HOpME 00pa3yeT
nephsi, TO U3 HEr0 BMECTO YeLIyH B JaibHeiimeM OynyT dopmupoBaThbes mepss, (puc. 16-81); oOpaTtHas KOMOWHAIMS MPUBOIUT K MPOTHBOIMOJIOKHOMY
pe3yibTary. BooOie nepMa KOHTPOIUPYET HE TOJIBKO THII IPOM3BOJHBIX SIHACPMHUCA, HO U UX TOYHOE MECTOIIOJIOXKEHHE. 31eCh Mbl BHOBb BCTpEYaeMCsl C
MPOSIBJICHMEM HE3KBUBAJICHTHOCTH (CM. pasf. 16.4.6): nepMa pa3HbIX y4acTKOB TeJa BHEIIHE OJMHAKOBA, HO PA3IMYaeTCs 110 CBOCH CIIOCOOHOCTH
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Puc. 16-80. PacnionoxeHue nepbeBbIX 3a4aTKOB Ha CIIMHE KyPUHOTO SMOproHa nocie 9 cyT nnkydarmu. OOpaTuTe BHUIMaHHUE, YTO 3a4aTKU B KOKAOM DALY
pazzeneHs! oMHaKOBBIME poMexxyTKkamu. (C smobe3noro paspenrennst A. Mauger, P. Sengel.)

HMHIYLIHPOBATh OIpeeneHHyIo Au(depeHINpPOBKY Iexkalero Haa Heil snuaepMuca.

MonekyspHble MEXaHU3MBI, IOCPEICTBOM KOTOPBIX COSIMHHUTEIbHAS TKAaHb KOHTPOIUPYET i (HepeHIIMPOBKY IUTEIHS, HESICHBI, HO HEKOTOPBIH
yCIeX JOCTHTHYT B HIACHTH(MKALMH MOJICKYI, KOHTPOJIUPYIOUMX MOP(OreHeTHYECKHE ABIKCHHS KIIETOK, KOTOPhIC JAalOT HAYajo BOJOCAM, HEPbSIM HIIH
skene3aM. U 31ech Taxoke pelaronee 3HaUYCHHE HMEIOT MEeXKICTOUHbIC THITBL a[re3UH, PABHO KaK U aAre3us KICTOK ¢ MAaTPUKCOM. B coetMHUTEIbBHOTKAaHHOM
KOMIIOHEHTE JAHHOH CTPYKTYphl MEXaHHYeCKHe BO3ZCICTBUS, OKa3blBacMble Ha KOJUIAreH, CEKPEeTHPyeMBIil (ubOpoOIacTamu, HNPHBOIAT K arperanuu
MOCJICIHUX B y4yacTKax OOpa3oBaHUs PA3IMYHBIX HMPUAATKOB. B TO ke BpeMs B COCAMHHMTENIBHOM TKaHW M JIEKAILIEM HaJl HEH SIUTENHM HaOIIONAOTCS
HU3MCHEHHUS XapaKTepa SKCIPECCHU MOJIEKYJ KJIETOUHOM aare3uu, Takux, kak N-CAM u E-kaarepus, KOTopbie, MO BCEHl BEPOSITHOCTH, PEryJIUPYIOT Gopmy
KJIETOK U MX B3aHMHYIO YIIaKOBKY (cM. pa3f. 14.3.6 u 14.3.7). Ha rpanume Mexmy SIUTENINEM U COSAUHUTEIBHON TKAHBIO IPOUCXOJHUT CHHTE3 H Pa3JIOKCHUE
Pa3IMYHbIX KOMIIOHEHTOB 0a3ajbHOW IUIACTHHKHU (CM. paszn. 14.2.15), B TOM uucie JaMUHHUHA, IPOTEOrTIMKAHOB M KOJUIAT€HA; MPU 3TOM JIOKAJIM3alUs KakK
CHHTE3a, TaK U Pa3spyIICHHsI CTPOTO KOHTPOIUPYIOTCS, YTO CIOCOOCTBYET OCYIIECTBICHHUIO PETYIISIUH MPOLECCOB Pa3pacTaHUs SMUTEIHSA U HOPMHPOBAHUS
CKJIaTJaTOCTH.

TS Oacpinc v P,

Koma
HOT W Hepma
AnuaepmMmuc Horw
obBpasyer yewyw
Kowma
HOrW
Jnuaepmnuc
OTAENAKT —_ _
OT AEPMbI
O6BbeAMHAKT 3NUALPMMC 31_1»1;1::;)!\.1»1(: HOMW
Koxa HOMW C AEPMOM CrIMHBI obpa3ayer nepsn
CAUHBI

Puc. 16-81. Cxema OIBbITOB, B KOTOPBIX OBLIO OKAa3aHO, YTO THII IIPOM3BOIHBIX KOXKH OIPEAENIAETCS JEPMONL.
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Puc. 16-82. Eciin y kypuHOTro sMOpHOHA 1OCIe ABYX

CYTOK HHKYOAaIINH 3aMEHUTH KJIETKA COMHTOB TaKUMHU

e KJIETKaMH Meperielia U CIIyCTs HEAEN0
MIPUTOTOBUTH T'MCTOJIOIMYECKHE NPEnapaThl U3
0011aCTH KpbLJTa, TO OKAXKETCS, YTO MBIIICUHBIC
KIIETKH KpbLIa 00pa30BaiCh U3
TPaHCIUIAHTUPOBAHHBIX COMUTOB II€pENea.
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16.6.5. CoenuHHTENBHYI0 TKAHb KOHEYHOCTH MO3BOHOYHBIX 3aCEISI0T
MHOTHe THIIbI MUTPHPYIOIIUX KJieTok [11, 70]

CoeauHUTEIbHAS TKaHb IIPOHM3BIBACT BCE TENO IO3BOHOYHBIX. B KOHEYHOCTH
COCAMHUTENbHAS TKaHb (OPMHUPYET KOCTH M XPSIIM, CyXOXHJINS U CBSI3KH, KOXY, 000JIOUKY
MBIIIII, BHEIIHUE CJIOU CTCHOK KPOBEHOCHBIX COCYZOB M 00OJIOYKH HEPBOB H IIPOMEXKYTOUHYIO
TKaHb, CBA3BIBAOIIYI0 BOEAHHO BCE TH KOMIIOHECHTBHIL. DTH (DOPMBI COCAMHUTEILHON TKAHU
oOpazoBanbl (ubpodIacTaMu U OIM3KOPOJICTBEHHBIMH KJIETKAMH, KOTOpPBIC HOTPY)XEHBI B
o0OTrameH bl KOJUIATCHOM BHEKJICTOUYHBIII MATpPHKC, CEeKpeTupyemblii umu. 1 Bce 31H
pa3Ho0Opa3HbIe KIETKH Pa3BHBAIOTCS U3 Me3eHxumbl Heau(pdepeHINPOBaHHOH 3apOABILIEBON
TKaHM, 3alOJHSIOMCH 3a4aTOK SMOPHOHAIBHONH KOHEYHOCTH; €€ HPOUCXOXKACHHE MOMKHO
MPOCIIENTH BILIOTH JI0 Me300epMbl OOKOBOIL NAACMUHKY, COCEACTBYIOIIEH C COMUTAMH PaHHUX
9MOpHOHOB (cM. puc. 16-15). Kpome mokpbIBaronero KOHEYHOCTh MUASPMUCA, BCE OCTAIBHBIC
KOMITOHCHTBI KOHEYHOCTH SIBISIOTCS MPOM3BOAHBIMU HOMYJSIUN MUTPHPYIOLINX KICTOK, HE
SBIIIOMINXCS TPOM3BOJHBIMU OOKOBOI IUIacTMHKU. IIpexkpe deM JOCTHTHYTH MecTa
Ha3HA4YeHHWs] U IPHHATH ydacTHe B (DOPMHPOBAHUM CTPYKTYPHI B3pPOCIOTO KUBOTHOTO, 3TH
KJICTKH JOJDKHBI COBEPIUMTH JUTHTEIBHOE IIYTCLUICCTBUE II0 SMOPHOHAIBHON COCANHUTEIBHOM
TKaHU.

Takass murparus Obula NPOAEMOHCTPUPOBAHA B OIBITAX C IEPECATKOH KypHHBIM
3apojbIliaM SMOPHOHATBHBIX KIETOK Ieperena. XOTs IMepernes]l BO MHOrOM HAllOMHHACT
KypHILy, €ro KIETKH JIETKO OTIMYUThH Ha THCTOJIOTHYECKHX IIperaparax, Tak Kak OHU COJepikKaT
KPYIHYIO, CHJIBHO OKpALIMBAIOIIYIOCS TIIBIOKY FeTepOXpOMATHHA, CBSI3AHHOIO C SAPBILIKOM.
Takoii SAPBIIIKOBBIA MapKep IIO3BOJISET JIETKO OIO3HATh IEPECAKCHHBIC KIICTKH, Ky/1a Obl OHU
HH TONAaIN BHYTpH 5MOpHOHAa. Eciy y KypHHOTO 3apojblia eme OO0 3aKIaJKH KPHUILEB
3aMECTUTh TKaHb OIIPEACNICHHOW IPYNIbl COMHTOB TaKOH k€ TKaHbIO OT Ieperelnia, TO BCe
MBIIICYHBIE KJIETKU KPBLIbEB (M TOJBKO OHHM) OyAyT HMPOUCXOAUTH OT mepemena (puc. 16-82).
OueBnyHo, OyAymue MBIIICYHbIC KISTKH MUTPUPYIOT B 00J1acTh 3aKJIaJKH KPbLIAa M OCTAIOTCS
3[1eCh BHEIIHE HEOTIMYMMBIMH OT APYTHX KJIETOK, HO yX€ NeTePMHHHPOBAHHBIMH, IIOKa HE
HACTYIIUT BpeMs UX () (HEpeHIIUPOBKU.

Emle ogHMM BaKHBIM HPHMEPOM MHTPHPYIOIIUX KJICTOK SIBIISIOTCS KIIETKH,
MPOUCXO/SIIINE M3 HEPBHOTO I'PEOHS - y4acTKa, PAacIOJIOKCHHOr0 BOJIM3M HEPBHOI TPyOKH
(puc. 16-83) (cm. pasa. 16.11.9). CniocoGHOCTh 3TUX KIETOK MHUIPUpPOBaTh ObLIa JOKa3aHa
CXOJHBIM 00pa30M II0CIIe 3aMEHBI HEPBHOTO TPeOHs y IBIIUICHKA HEPBHBIM IpeOHEM Ieperiena;
HACHTH(UKALUS KICTOK HEPBHOTO I'peOHs Meperena NpoBOJHIAChk 110 SAPBIIIKOBOMY MapKepy.
Kak u riumanbHble KIETKHM, KOTOpble 00pa3yroT 000J0YKYy aKCOHOB HEPBHBIX KJIETOK,
ITUTMCHTHBIE KIIETKU KOHEYHOCTH IIPOUCXO/IAT U3 KJIETOK HEPBHOTO IpeOHs. UyBCTBUTEIBHBIE U
BEreTaTHBHBIC aKCOHBI KOHCYHOCTEH SIBILSIIOTCS BHIPOCTAMH HEHPOHOB, BO3HUKIIMX M3 KIETOK
HEpBHOro rpebHA. (AKCOHbBI, O0ECHEeYMBAIOLIME IPOU3BOJIBHBIC IBMXKEHHS, HAIPOTHUB,
SIBJISIFOTCS. BRIPOCTAMH JIBUTI'ATEIbHBIX HEHPOHOB CITHHHOTO MO3Ta).

16.6.6. IlpocTpaHCTBeHHAS] OPraHU3ALMS COCTHHUTEIbHON TKAHU
KOHEYHOCTH He 3aBHCHT OT 3aCEJISIIOUIMX ITY TKAHb KJIETOK

[71]
Ecnu y pannero 3apozplma 10 Hadaga 0Opa30oBaHUS MOYKH KOHEYHOCTH Da3pyIIHTh TKaHb
COMHTOB WJIHM HEPBHOIO TpeOHsS W/WIM HEpBHOH TPYOKH, TO MOXKHO JIETKO IIOJIYy4YHTh
KOHEYHOCTH, JIMIICHHBIE OIpEJEICHHBIX KJIACCOB MHIPUDYIOIIMX KJIE€TOK HIH HEPBHBIX
BOJIOKOH. B 00I[eM Takue KOHEYHOCTH BO MHOTHX OTHOLICHUSX BIIOJIHE HOPMaJIbHBL. MOXHO,
HanpuMmep, MOJly4uTb KOHEUHOCTH, HE COJEpIKAallMe MBIIIEYHbIX KJIETOK, HO B HUX MUMEITCS
HOPMAJIbHBIN CKEJIeT, KO)Ka U 4yBCTBUTEIbHBIC HEPBBI; [JaXKe CYXO)KUIIHS Pa3BU-
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Knetey HepBHoro rpebya

Hepawan Tpybka AkcTonepnsa
CeHcopHbim rasrnva ConuT
CrmnaTuyac i Xopna
FaHrnan
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HagnoveyHux
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Knwika

Puc. 16-83. I'naBHbIC MyTH MUTPALMKU KJIETOK HEPBHOTO IPEOHS y KypHHOI0 SMOpHOHA (CXeMaTHUECKUI MONIepeyHbIi pa3pes cpeaneit yacTu tena). 13
KJIETOK, MUTPHPYIOIIUX HETIOCPEICTBEHHO IO SKTOAEPMOH (IIOBEPXHOCTHEIN ITyTh), 00pa3yI0TCst MUTMEHTHbIE KIETKH KOXKH; KJICTKH, JBIKYIIIUECS O
TIIyOUHHOMY ITyTH 4€pe3 COMUTBI, JAI0T HAYaJ0 CEHCOPHBIM M CUMIIATHYECKUM TaHIIIMSAM, 1 YaCTHYHO HaJIIOYeYHHKAM (CM. Takxke puc. 14-55).

BAIOTCSI HOPMAJIBHO, XOTS 3aTEM, B OTCYTCTBHC TSHYILIMX MX MBIIIL, IIOCTCIICHHO JEreHepupyroT. TOYHO Tak e B KOHCYHOCTH, JUIICHHOW HEPBOB M BCEX
IPOM3BOJHBIX KJIETOK HEPBHOTO IpeOHs, Pa3BHBAETCs HOPMAIBHBIH CKEJET, KOXKa M MBIIIIbI, OJHAKO 3aTEM MbILILBI, JIMLICHHbBIC HEPBHOW CTUMYJILUH,
HOCTENCHHO ACreHEPUPYIOT. BHyTpeHHHE CTPYKTYpPhl KOHEUHOCTH B OTCYTCTBHE BCErO SMMACPMATBHOTO MOKPOBA HE OyAyT Pa3BUBATHCS HOPMANIBHO, OJHAKO
YaCTHYHOE yJaJICHHE JOBOJIBHO 3HAYUTEIBHBIX y4aCTKOB SMUACPMUCA HE HAPYIIACT HOPMAIBHOTO PA3BUTHS.

Taxum 00pa3oM, IPOCTPAHCTBEHHAs OPraHU3ALMS COSANHUTENILHOIN TKAaHU NPAKTUYECKU HE 3aBUCUT OT APYTHX KOMIIOHCHTOB KOHEYHOCTH. Boiee
TOTrO, 3TH JAPYrMe€ KOMIIOHEHThl KOHEYHOCTH 00JIafaloT COOCTBEHHOW, NPOCTPAHCTBEHHOW OpPraHM3alMeH, CTAHOBJICHHE KOTOPOM B 3HAYMTENILHOM CTENEHU
OIIpEeNACTCS COCAMHUTENLHOW TKaHbI0. MBI ke 00CYKAanu, KaK 3TO MPOUCXOHUT, Ha IpHMepe snuaepmuca (cM. puc. 16-81); ¢ IOMOILIBbIO aHATOTHYHBIX
9KCIIEPHMEHTOB 110 TPAHCIUIAHTALMHM TKAaHW MOXKHO IOKa3aTh, YTO 3TO )K€ CIPABEUIMBO B OTHOLICHHH MOMYJLSIIMH MHIPUPYIOIIMX KJIETOK, TaKHX, KaK
MBIIICYHbIEC KJICTKH, aKCOHbI HEPBHBIX KIETOK M NHIMCHTHbIC KJICTKH. KJIETKH BCeX 3THX TUIIOB B OCHOBHOM (DOPMHPYIOT CTPYKTYpy, COOOpasysch c
KOHEYHOCTBIO XO35IMHA, HE3aBUCHMO OT TOTO, M3 KAKOTr0 y4acTKa 3MOpPHOHA OHH HPOUCXOAAT. Eciu coennHHTENbHAS TKaHb KaK TAKOBas SBISCTCS YEM-TO
BpOJE LEHTPAIbHOrO HCTOYHHMKA W XPaHWIMINA IMO3ULIMOHHOM HH(POPMALMK KOHEYHOCTH IO3BOHOYHBIX, TO KaKkHM 00pa3oM OHa OKa3bIBaeT CBOC
OpraHU3yIoIee BIMAHUE HA MUTPUPYIOLIHE KICTKH?

16.6.7. CoenMHuTeIbHAS TKAHb ONpeAeJIsieT MyTH NepeMellleHUs] H KOHEYHBI aJjpec MUTPHPYIOINMX KiaeTok [11, 72]

B mpuHIHIE CYIIECTBYeT ISITh OCHOBHBIX CIIOCOOOB, IMOCPEICTBOM KOTOPBIX COCAMHUTENbHAS TKAHb KOHTPONHMPYET MOINYJSLUM KIETOK,
3acemstiomux ee. OHa MOXKET ONpPEIISTh:

1) myTH, O KOTOPBIM KJIETKH IEPEMEILAt0TCs;

2) y4acTKH, KyJa NPUObIBAIOT MUTPUPYIOLIHE KIICTKH;

3) macmTabbl npoindepanuy;

4) cnoco6 auddepeHnpoBK;

5) BepOSITHOCTb BBIKHBAHHSL.

3HaueHHe KaXAO0T0 M3 ITHX CMOCOOOB KOHTPOJS BAapbUPYET B 3aBHCHMOCTH OT THIA MHUIPHDPYIOLIMX KJIETOK, HO HH OJMH M3 HHX HE H3yYeH
JIOCTaTOYHO IOJIHO. B caMoM ierie, IPaKTHYECKH HUYEro He H3BECTHO O MOJICKYJIIPHBIX OCHOBAX CUCTEMBbI MO3ULIMOHHBIX 3HAYCHUH COCNHUTEIb-
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HOW TKaHHM, Ha KOTOPO#l Oa3sHpyeTcs ee MPOCTPAHCTBCHHAs OpraHm3anus. B Hacrosiee Bpemsi Uil BBISBICHUS MO3HIMOHHO 3aBHCHMBIX Pa3HYUil B
pacrpeeIeHHy TOBEPXHOCTHBIX MOJICKYJI KJIETKH TOJIBKO HAUYMHAIOT HIPUMEHITh MOHOKJIOHAIbHBIC aHTUTENA.

OJIHaKO HEKOTOpbIC OOIME MPHHLHIIBI KJICTOYHOH MHIPAllMi HAYMHAIOT MPOSACHATHCA. IloBeeHMEe BCEX MUIPHPYIOIIMX KIETOK OIpPEACIsAeTCs
MEXaHM3MaMH KICTOYHOH aAre3ud W y3HaBAaHWs, PACCMOTPCHHBIMH B TIJI. 14; 3TH MeXaHM3MBI CIy>KaT OCHOBHBIMH HPEANOCHUIKAMH HOPMAJIBHOTO
opraHorenesa. B 4acTHOCTH, KJIETKH B IPOLIECCE MUIPALMU JOJDKHBI BXOJAUTH B TECHBII KOHTAKT C BHEKJICTOYHBIM MAaTPUKCOM HIIM HOBEPXHOCTBIO APYTHX
KJ1eTOK. OUOPOHEKTHH - 3TO TOT BHEKJIETOUHBIH MAaTPUKC, KOTOPBIM, 110 BCEH BEPOSTHOCTH, SABJISCTCS BAXHEHIINM (XOTS U HE €JMHCTBEHHBIM) KOMIIOHEHTOM
cybcTpaTa JUIsi MHOTHX MUTPHPYIOIIMX KJICTOK; aHTHTENA M HEHTHABI, OJOKMpyomme GrHOpPOHEKTHHOBBIC PELENTOPhI KICTOYHON MOBEPXHOCTH, CIOCOOHEI
BIIUATH HA MUTPALIUIO KIIETOK HEPBHOTO IPeOHS BO MHOTHX y4acTKax IMOPHOHA; TaK, HAIIPUMEp, OHU OJIOKMPYIOT MUTPALMIO KJIETOK B IPOLIECCE TaCTPYIISILIUH
(cM. pazn. 16.1.5). OOMHOCTD HEKOTOPBHIX MEXAaHM3MOB, YYACTBYIOLIMX B OOECIICUCHHMH IEPEMEINCHUS MUTPUPYIOLIMX KJIETOK K MECTaM Ha3HAueHHs,
CTaHOBHTCsI OOJice MOHSTHOM B PE3ylbTaTe HCCIACAOBAHWI MYTAHTHBIX MBIIICH, HECYIMX MyTauuu Steel win dominant-spotting. Y TaKMX MyTaHTOB
[IUTMEHTHbBIE, KPOBETBOPHBIE U NEPBUYHbIE MOJIOBBIC KIETKU HE CIIOCOOHBI JOCTHIHYTh MECTa CBOEr0 Ha3HAYEHHUSI COOTBETCTBEHHO B KOXE, KOCTHOM MO3re U
rouagax. Myrauust dominant-spotting TpUBOAUT K IeEKTy COOCTBEHHO MUIPHPYIOLIMX KICTOK; MyTaHTHI Steel 00mamaoT aeeKkTaMu COCAMHUTETBHOMN
TKaHH, B KOTOPOH HOCEIAIOTCS MUTPUPYIOIIHE KICTKH.

MbI TONIBKO HaYMHAEM IIOCTHTAaTh MEXAHU3M, IOCPEICTBOM KOTOPBHIX COCAMHUTENbHAs TKaHb KOHEYHOCTEH peryimpyeT MUIPalyio KIETOK IO
crieu(pUUECKUM MyTAM WM, HHBIMH CJIOBAMHM, HAIPABIIET UX 110 OHPEACICHHBIM afpecaM, OJHAKO MOXKHO C ONPEIENICHHOCTBIO YTBEPKIATh, YTO TAKOE
HAIpPaBJICHUE OIPEACIACTCS MO3UI[MOHHOH MH(pOPMALMCH, KOTOpasi 3aJI0KeHa B KICTKaX COCAWHUTEIBHON TKaHW. Tak, HampuMep, MOBEPXHOCTb KICTOK C
MHBIMH ITO3HIIHOHHBIMH 3HAYECHUSIMU MOXKET 00JIaaTh HHBIMU CBOHCTBAMH MIIH CEKPETHPOBATh HHBIC KOMIIOHCHTHI BHEKIETOYHOTO MaTpukca. [lepemermasices
110 COEIMHUTENIBHOM TKaHHU, KJIETKa MMOCTOSHHO 00pa3yeT BBIPOCTHI, aHAIU3UPYS UMHU Onvpkaiiliee OKpy>KeHUE M OLIEHHBas €1a00 BbIPAXKCHHbBIE CUTHANBI, B
OTHOIICHNK KOTOPBIX 3TH KICTKU 00JIafar0T 0c000il 4yBCTBUTEIBHOCTHIO 3a CYET CHELU(UYECKOro 0TOOpa MOBEPXHOCTHBIX OEIKOB-penenTopoB. Baytpu
KJICTKHU JTH PELeNTOPHbIE OSIKH COSMHEHEI ¢ IIUTOCKEIETOM, 00ecIeYnBaloINM ee epeMentenne. OOpa3oBaHHbIE B Pa3HBIX yJacTKaX BEICTYIIBI KJICTOYHOMH
MOBEPXHOCTH KaK Obl HAXOIATCS B MOCTOSHHOM COCTOSHHHM «IEPETSATMBAHMS KaHATa», YTO NMPHBOAUT K IEPEMEIICHUIO KICTKH B HAMpPaBICHUM HauOoiee
[IPOYHOTO COEAMHEHHS C MOBEPXHOCTHIO cyOcTpara (cM. pasza. 11.6.4), moka kieTka He JOCTUTHET Yy4acTKa, T CHIIbI aJre3ud YPaBHOBEIICHBI WIH CTOJb
BEIIMKH, YTO KJICTKA HE B COCTOSHMU OTJCIUTHCS OT IIOBEPXHOCTH. B 3TOM IepeMeIeHHH BaKHYIO POJIb HIPAaeT XEMOTAKCHC, a TakKe B3aUMOJeicTBHE
MUTPUPYIOIIUX KIETOK (CM. pas. 14.3); 5TH npouecchl MOryT NPUBOAUTD JMO0 K OCTAHOBKE M CKAIUIMBAHUIO KJIETOK B OJJHOM y4acTKe, JIM0O K UX IIUPOKOMY
PACIIPOCTPAHCHHIO 32 CYET B3AUMHOTO OTTAIKHBAHMSL.

16.6.8. IIpu ucc1e10BaHNN PA3BUTHA HEPBHOI cHCTEMbI BO3HUKAET Psiji 0CO0bIX NMpodJieM [73]

OOCy>X/IeHHe MHUTPalMK KJIETOK MPUBENIO HAc K TeMe, KOTOpas B IEJIOM 10 CHX IIOp HE paccMaTpuBanach. OTO - Pa3BUTHE HEPBHOH CHCTEMBI.
ITpouecc 3TOT MpeACTaBIsIeTCS OJHUM M3 HauOosee 3arafoyHbiX. OyHnaMeHTaIbHbIE BOIIPOCH OHOJIOTHU PAa3BUTHs, PACCMOTPEHHBIE B JTOM IilaBe, MOXKHO
CYMMHpO-
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BaTh CJICAYIOLIMM 00pa30M: KaK B OPraHH3Me BOSHHUKAIOT Pa3IMYHbIC THIBI KJICTOK M KaK 9TH KJIETKU [ONaal0T B COOTBETCTBYOLME /Uts HuX Mecta. HepBHast
CHCTEMa CTAaBUT IIepe]] HUMHU ellie OAHY MPoOIeMy: KakiuM 00pa3oM MeXay KIeTKaMU 00pa3yroTcs IpaBHiIbHbIe COSANHEHNUs? BOobIIyIO 4acTh KIIETOK APYTHX
THIOB MOXKHO PacCMaTPUBATh KaK TOUCYHbIC OOBEKTHI, KaX/Iblil U3 KOTOPBIX 3aHUMACT ONpPEJICICHHOE HOJIOKEHNE 1 00J1a1acT ONPEACICHHBIMHI BHYTPCHHUMH
cpoiictBamu. OfHAKO HEHPOH MO CBOCH CYTH HE SIBISCTCS TOYCYHBIM OOBEKTOM: OH HEOOBIYAHHO yBEIMYCH 3a CYET MIMHHOIO AaKCOHA M ACHAPHUTOB,
CBSI3BIBAOLIUX €r0 ¢ APYTHMH KJIeTKaMH. Eciu 9TH CBsI3M OIIMO0YHEL, TO paboTa HEpPBHOW cucTeMsbl OyzaeT HapyuieHa. [Ipoeccsl BOSHUKHOBEHUS! Pa3InYHbIX
THIOB HEHPOHOB M YNAKOBKH HX KJICTOYHBIX TEJ B PETYISPHYIO CTPYKTYPY MOXHO OOBSCHHMTH, OCHOBBIBAsCh HAa TEX jKE NPUHLMIAX, YTO M B CIydac
OCTaJIbHBIX KJIETOK. HO ymopsiio4eHHbIl POCT aKCOHOB U ACHAPHTOB M 00pa30BaHME MPABHIBHON CHCTEMBI CHHAIICOB IPEACTABIIOT COOOI! SIBICHHS HHOTO
nopsika. [lepeaHuii KOHEIl pacTyIero akCoHa WM JSHAPUTA MOJ3ET MPUMEPHO TaK K€, KaK U MHUTPUPYIOIIAsl KJIETKa: ero MOXKHO Ha3BaTh MUTPUPYIOLINM
OpraHOM HEHOJBIKHOM KieTKH. DaKTOPbI, KOHTPOIUPYIOIIHE €ro ABMKCHHUE, B HEKOTOPOM CMBICIIE TaKHE XKe, 4TO U (haKTOPbI, KOHTPOJIUPYIOIIME IBIKCHUE
KJICTOK; 3TO - Crelu(pUUECKUe TUIBI aAre3un u T. 4. Ho B mporecce u3ydeHus: B3aMMOCBSI3H aKCOHOB C APYTMMH KJICTKAaMH, HX B3aUMOACHCTBHS C HHBIMH
HEPBHBIMH OKOHYAHHMSIMU ¥ CHOCOOHOCTH OOpa3OBBIBATH CHHAICHI IEpPE]] HAMU BO3HHUKAIOT HOBBIE NMPOOJIeMBl, TpeOyromuye HHOro mnoaxona. 11oaTomy Ml
OTKJIaJIbIBaeM 0030p CTPOCHUS HEPBHOM CUCTEMBI (08UCywyeti Cuibl pa3BUTHA) 10 1. 19.

3akJ/ouenune

Tlo3uyuonnvle 3nauenus, npuobpemaemvie KIeMKAMUu 6 npoyecce NPOCMPAHCMBEHHOU OP2AHU3AYUL 3aPOObIUA, 8bIPAJICAIOMCS A02e3UOHHBIMU
CBOLICMEAMU UX NOBEPXHOCMU, 4 MAKMICE UX GHYMPEeHHUM Xumusmom. Kiemku 00nozo mum cmpemamcs 63aumooeticmeosantb mejcoy coboi u omoensiomcs
O UHBIX, OMAUUAIOUUXCS OM HUX KIIEMOK, MAKUM 06pazom npoucxooum cmadbuiuzayis npoCcmpancmeenHol opeanusayuu u obecneuusaemcs cnocoonocmo
KIeMmoK K CHOHMAHHOU COPMUPOSKEe NPU UX UCKYCCBEHHOM cmewusanuy. HMsmenenue xapaxmepa aod2e3uOHHbIX CBOUCME JedCUm 8 OCHOge
Mopghozenemuueckux npoyeccos, Makux, Kaxk 2acmpyiayus, Heupyiayus u Gpopmuposanue comumos. I10ckonvKy xapaxkmep no3suyUOHHbIX 3HA4EHUL OAHHO2O
Klacca Knemok nposaeIsaemcs yepes usmMeHenue CeoUcme KiemoyHol NOGepXHOCMU, OH MOJICcem Ynpasiamy Muspayuei opyaux nonyasayuil 2IMOPpUOHaIbHbIX
KIemok 6 npoyecce cOOPKU COACHLIX MKAHeU Ul 0p2anos. Bepoamno, y n0360HOUHbIX KIEMKU COCOUHUMETbHOU MKAHU AGNAIOMCS NePEUYHLIMU HOCUMETAMU
nosuyuonnou ungopmayuu. Kiemku coeOunumenbnolu mMKaHu O0epMANbHO20 CNOS KONCU CHOCOOHbL KOHMPOIUPOBAMb DPESUOHANLHYIO CHEeYUAnu3ayuio
anudepmuca, gopmupyowjeco nepvbs u deuiyu. CXOOHbIM 0OpA30M KI€MKU COCOUHUMENbHOU MKAHU KOHEYHOCHU KOHMPOIUPYIOM U KOOPOUHUPYIOM
obpaszosanue cmpykmyp, GopmMupyemvlx RONYIAYUAMU MUSPUPYIOUUX KTIENOK, K YUCTY KOMOPbIX OMHOCAMCA Mbluleytble KIemKu (Npou3eoonslie cOMUmos),
AKCOHbL HEPBHLIX KIEeMOK (OMm YeHmpanbHOU HepeHOU CUCmeMbl U nepugpeputeckux 2aneiues) u nueMeHmuvle KIemKu (npou3eooHvle HepeHO20 ZpedHs).
Hecmomps na mo umo K nHacmosujemy épemeru uOeHmupuyuposansl MHO2Ue MOIEKYIbl KIeMO4HOU adee3ul 06ue20 HasHaYenus, d MaKkice NoKa3aHo, Ymo
Hekomopvle U3 HUX GbINOAHAION 8 DMUX NPOYECCax YeHmpanibHylo poib, MOCKYIAPHbIE MEXAHU3MbL, HANPAGIAIOWUEe MUSPAYUIo KIemoK no onpeoenenHbim
Mapupymam K cmpozo onpeoeieHHbiM Mecmam Ha3HaueHUs 8 KOHeYHOCHSAX, 00 CUX NOD HeU3BeCHbl.
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17. llopnep:xanne HOPMAJILHOH OPraHU3AIUM TKAHEH

3a HECKOJIbKO JHEH MM He/leNlb U3 OJHOM OIUIOJIOTBOPEHHOW SHIEKIETKH Pa3BUBAETCS CIOXKHBIH MHOIOKJIETOUHBIM OPraHu3M, COCTOSIIMHA U3
i hepeHIIPOBaHHBIX KIETOK, B3aHMHOE PACIONOKEHNE KOTOPBIX CTPOTro AeTepMUHUPOBaHO. Kak mpaBmio, 3Ta OpraHM3anis CO34acTCs CHAavala B MaloM
Mmacmrabe, a OTOM IPOUCXOJHUT PocT. Bo BpeMsi SMOPHOHAIBHOIO Pa3BUTHUS NETEPMHHHPYIOTCS Pa3iIHYHBIC THIIBI KJIETOK, KA B COOTBETCTBYIOIIEM
Mecte. 3aTeM, B IIEPHUOJ POCTA, KIETKH Pa3MHOXKAIOTCS, HO, 33 HEKOTOPBIMH HCKIFOUEHHSMH, HX CICHHANN3ALUA OCTaeTcs Oojiee MIIM MEHEe NOCTOSHHOM.
OpraHu3M MOXeT PacTH B TEUCHHE BCEH JKH3HH, KaK y OOJNBIIMHCTBA PAKOOOPA3HBIX U PHIO, a MOXKET IIPEKpamaTh pocT, JOCTHIHYB ONIPEeIeICHHBIX Pa3MeEpOB,
KaKk y OTHI ¥ MIJICKONUTAIOMHUX. Y HEKOTOPBIX >KUBOTHBIX C (HKCHPOBAaHHBIMU pa3MepaMH Tela, HApUMep y MyX U Hemarol, nponudeparms |
COMAaTHYECKUX KJIETOK IPEKpaIlaeTcsi, Kak TOJIBKO OyIeT NOCTHIHYTO B3pOCJIOE COCTOsHME. BO MHOrMX Ipyrux ciydasx, B TOM YHCJ€ W Yy BBICHIUX!
MO3BOHOYHBIX, KIIETKU MPOTOIDKAIOT ACIHTHCS U BO B3POCIOM OPraHHU3Me UL 3aMEICHHS OTMHUPAIOMINX KICTOK.

Korza y 1mo3BOHOYHBIX KIIETKH TAKUX TKaHEH, Kak KO)Ka, KPOBb MM JIETKHE, M3HALIMBAIOTCS M T'MOHYT, HX MECTO 3aHHMAlOT HOBBIC KIETH
COOTBETCTBYIOLIETO THITA. TakuM 00pa3oM, B3pOCIIbI OPraHU3M MOXKHO yHOJOOUTh CTAOUIIBHON 3KOCHCTEME, B KOTOPOi OHO MOKOJIEHHE 0CO0ei cMeHseTCs
IPYTUM, HO B IIEJIOM OpPraHU3allMsi CHCTEMBI OCTaeTCs HEM3MEHHOW. DTa IaBa MOCBAIIEHA NPOOJEMaM COXpPAHEHHs M OOHOBJIEHUS TKaHEH y BBICIIHX
MO3BOHOYHBIX - MBI B Kakoil-To Mepe IO3HAKOMHMCS 3]eCh C IOPa3sHTEeIbHBIM pa3HOOOpasHeM CTPYKTYp, (YHKIUH M SKH3HCHHBIX IHKIOB C
[OPalMaTU3UPOBAHHBIX KJIETOK y 3THX )KHBOTHBIX.

17.1. Ilonnepxxkanue nudgepeHIUPOBAHHOTO COCTOAHUS [1]

XOTs TKaHM OpPraHU3Ma BO MHOTHX OTHOIICHUSX PA3IMYalOTCS MEXAY COOOH BCEM MM HYXKHBI ONPCACIICHHBIC 3IEMCHTapHbBIC YCIIOBHS, CO3/aB
OOBIYHO COYETAHHMEM KIETOK pasHoro tuma. Ha puc. 17-1 3T0 mpom/UIFOCTPHPOBAHO HA MpHMeEpe KOXH. IIpexae Bcero TKAaHAM Hy)KHA MEXaHHYECKas
IPOYHOCTh, KOTOPYIO OYEHb YacTo 00ecIeunBaeT gnexiemounviii mampukc (pazn. 14.2), cekperupyemslit ¢ubpobracmamu. Kpome TOro, o4t Bce TKaHH
HYXK/JAI0TCS B KPOBOCHA0XEHHUH, IJI TOTO YTOOBI MOJIy4aTh MHUTATE]b BEIIECTBA U OCBOOOXKAATHCS OT LIIAKOB; MOITOMY OHM HPOHH3aHbI KPOBCHOCHBIMU
COCyZaMH, KOTOPBIC BBICTIIAHBI SHOOMENUANbHbIMU KienKkamu. TOYHO Tak e OOJBIIMHCTBO TKaHEil HHHEPBUPOBAHO, T.C. COACPIKUT AaKCOHBI HEPBHbIX KIeNOK
(HelipoHOB), oJjeThle 000NOYKOH U3 weanHO6CKUX Kiemok B TKaHSAX OOBIMHO NPUCYTCTBYIOT Makpogazu, KOTOpbIE MOTYT OBITh HY)KHBI I JINKBHIALUM
OCTaTKOB OTMEPILINX KJICTOK H yIaJICHUS H3IHIIHEr0 MaTPHKCA, a TAKKe IuMpoyumsl U Apyrue JICHKOLKTHL, IPU3BaHHbIC O0poThest ¢ uHbekimei. MHoraa B
TKaHH MOTYT HaXOAUTBCS MeIaHOYumel, OOCCHECYMBAMOIIME 3AIINTHYIO WIH ACKOPATHUBHYIO MHIMEHTALMI0. BoJbInas 4acTh 3THX Pas3iIM4YHBIX KICTOK,
UrParOLINX HOJCOOHYI0 POJIb MO OTHOIICHUIO K (DYHKIIUK
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Puc. 17-1. Crpoenue koxu. [TokazaHbl HapyKHast SMUTEIMAIBHAS TKaHb (3MUICPMUC) U JISKAILAst [0/ HEI0 COSMHUTENbHAs TKaHb (IUIOTHAS JepMa, U3
KOTOPOI#i BBIACIBIBAIOT «KOXKY»,  ITy0iKe - pbIXJiasi )KUPOBasi TKaHb). Kaxxias TKaHb COCTOHMT U3 KJIETOK PasHBIX TUIOB. JlepMa U MOIKOKHBIN CII0H 00MIBHO
CHa0XKeHbI KPOBCHOCHBIMHU COCYZlaMH U HepBaMu. YacTh HEPBHBIX BOJIOKOH 3aXOJUT TaKXKe B AIUICPMILC.

AHHOW TKaHH, 00pa3yeTcsi BHE 3TOM TKAHU M MPOHHKACT B HEE Ha PAaHHEM JTame e¢ pa3BUTHS (IHIOTEIHAIBHbIC KICTKH, HeUPOHBI, IIBAHHOBCKUE KICTKHA U
MEJIAHOLHUTHI - CM. pa3z. 16.6.5) uin Ha NpOTSHKEHUH Beell JKH3HU (Makpodard u Apyrue JeHKOUUTHI). DTOT CIOXKHBIH 00CIyKUBAIOIHMI anmapar Heo0X0 UM
IUTSL TIOJIICPIKAHMS TJIABHBIX CIICHHATN3HPOBAHHBIX KICTOK JaHHON TKAHH, HAPHMEP COKPATUMBIX KJIETOK B MBIIIIIE, CEKPETOPHBIX B XKEe3e, KPOBETBOPHBIX
B KOCTHOM MO3T€.

TakuM 00pa3oM, MOUTH KaXKaasi TKaHb - 3TO CJI0XKHAs CMECh KJIETOK MHOTHX THIIOB, KOTOPbIE, HAXO/SICh B OJIHMX M TEX XK€ YCIIOBHUSX, TEM HE MCHEe
COXpAHSIOT CBOM pasnuyusi. bojiee TOro, opraHu3amus 3TOH CMECH KJIECTOK JOJDKHA COXPAHSTHCS HECMOTPSI Ha TO, YTO B OOJBLIMHCTBE TKaHEW B3POCIOrO
OpraHm3Ma KJICTKHA HEMPEPHIBHO OTMHPAIOT M 3aMEHSIOTCS HOBBIMH. DTO COXpaHeHHE (HOpMbI U (GYHKIHI TKAaHH BO3MOYKHO B OCHOBHOM OJaromapsi IBYyM
(yHIaMEHTAIBHBIM CBOMCTBaM KJeTOK. Kiemounas namsame (pasa. 10.3) nmo3ponsier audGepeHIMpPOBAaHHBIM KJICTKaM aBTOHOMHO MOJJICPKUBAThH IPHCYLIHI
MM XapakTep CHCLHATN3allH U NePEeAaBaTh ero J0YEepHUM KieTkaM. B 1o jxe Bpems quddepeHpoBaHHbIe KISTKH JTI000r0 THIIA MOCTOSHHO «IyBCTBYIOT»
CBOC OKPY)KCHHE W MPHBOAAT CKOPOCTH CBOETO PAa3MHOYKCHHsSI B COOTBETCTBHE C OOCTOSTENBCTBAMH. BHYTPHKIETOUHBIE MEXaHHU3MBI, TPEIMOIOKUTEIBHO
OTBEYAIOIIHE 32 KIETOYHYIO [IaMsTh, 00CYKAAIHCH B INI. 10; cocoObI OTBETa KIETOK Ha BHEIIHHE CUTHANIBI OBUTH PacCMOTPEHHI B INI. 12. A 31ech, B 3TOM
NPEBAPUTEIILHOM pa3Jielie, KacaroleMcsl ITOBEICHHS KIETOK B TKAHSIX, MBI ClieJlaeM KPaTKHil 0030p HEKOTOPBIX AAaHHBIX O CTAOWJIBHOCTU U HACIELyEeMOCTH
i GepeHIIMPOBAHHOTO COCTOSIHHS M TIOCMOTPUM, B KAKOU CTEIICHH 9TO COCTOSHHE MOXKET ObITh M3MEHEHO 10| BIUSHHEM OKPYXKAIOMICH CPeIbL.
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Puc. 17-2. Pa3surtue riasa y nozBoHouHoro. Ceryarka
I71a3a Pa3BUBAETCA U3 TJIA3HOTO My3BIPHKA -
BBIISTYMBAHHS SIHUTENNS HEPBHOM TpyOKH B 0071aCTH
nepenHero Mosra. A. HepBHblIii snurenuii
KOHTAKTHPYET € KTOAEPMOM, TOKPHIBAIOIIEH TOJIOBY
CHapyXu. b. DTOT KOHTAKT HHAYLUPYET HHBATHHALIMIO
9KTOJEPMBI C OCIEAYIOINM 00pa3oBaHHEM
xpycranuka. OTHOBPEMEHHO CTEHKA ITIa3HOTO
Iy3BIpbKa, OOpalleHHas K JUIEPMICY, BIABIHBACTCS
BHYTDb, U Iy3bIpeK Iprodperaet Gpopmy Gokana. B.
Bmxaiiiumii K XpyCTaiauKy CJIOW I1a3Horo Gokana
i epeHmpyeTcsl B HepBHBII CIIOH CeTYaTKH,
BKJIFOYAIOLIMI (POTOpPELenTOPbl, a TAKKE Te HEHPOHBI,
KOTOpBIE IIEPEAAIOT CEHCOPHBIE UMITYJIBCHI B MO3T (CM.
puc. 17-6). Ipyroii cioit muddepeHmmpyercs B
IIMIMEHTHBIH anuTenuii ceTyatku. Ero kieTku, IoTHO
3aIl0JIHEHHBIE TPaHyIaMU MeJIaHHHA, 00pa3yloT AT
(oTOpenenTOPHOI CHCTEMBI 3aTEMHEHHOE YKPEITHE,
KOTOpOE, OJ00HO YepHOH OKPacKe BHYTPEHHOCTH
(oToanmapara, yMeHbIIAET KOIUIECTBO PACCETHHOTO
cBeTa.
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17.1.1. BoasmuncTBO AN depeHIMPOBAHHBIX KJIETOK 00bIYHO
coxpaHsieT cBOM cnenuduyecKne NPU3HAKH Ja:Ke B HOBOM OKpY:KeHUH [2]

DKCIEPUMEHTHI, IPOBEACHHBIC HAa TKAHEBBIX KY/IbTYpax, MOKa3bIBAIOT, YTO JakKe
TOrZa, KOTa KJICTKU JIUIIAIOTCS. CBOETO OOBIYHOTO OKDYKCHHMS, M OHU CaMH, H UX HOTOMKH,
Kak NPaBHIIO, IIPOJOJDKAIOT CIIENOBATh 3aJI0XKEHHBIM B HUX M3HAYaIbHBIM «HHCTPYKITHSIMY.
PaccmoTpuM, HanpuMep, SNUTEINANIbHBIC KICTKH, 00pa3yIollie MUTMEHTHBIHA CIOH CeTYaTKn
(puc. 17-2). ITockonbKy cnenuamn3aiys dTUX KIETOK IPOSBISETCS B BBIPAOOTKE UMM TEMHO-
KOPHUYHEBBIX I'paHyJ] MENaHHWHA, CICAUTH 32 COCTOSHHEM UX IU((HepeHINPOBKH HETPYIHO.
KJleTKkH NMHUrMEHTHOTrO SHMTENHMS MOXKHO BBIACINTh W3 CETYATKU KYPUHOTO 3MOpHOHA U
BBIPAIMBATH B KYJIBTYPE, TAC OHU Pa3MHOXKAIOTCS M 00pa3yroT KIOHBI. OJUHOYHBIC KICTKH,
B3STBIC U3 ITHX KJIOHOB, HEM3MEHHO JAIOT CYOKJIOHBI, COCTOSIINE U3 MOTOOHBIX XK€ KJICTOK
IIUTMEHTHOTO JnuTenus. TakuM crmocoOGoM udQepeHINpOBaHHOE COCTOSHHE MOXHO
HoUIepXKUBaTh Oosee 4eM B 50 KICTOYHBIX ITOKOICHHSX.

OnHako IOBEJCHHE KIETOK B KaKOH-TO Mepe 3aBUCUT U OT OKPYKAaIOIIHX
ycinoBuil. B HEKOTOpBIX cpefax WIM NPU YPe3MEPHOH IUIOTHOCTH KyJBTYp KJICTKH
BBUKHBAIOT, HO HE CHHTE3UPYIOT WM [OYTH HE CHHTE3UPYIOT murMenTa. Ho maxe nnuieHHbe
BOSMOXKHOCTH ~ IIPOSBHUTh  CBOIO  CHCLUANM3AIMIO,  OTH  KJICTKH  OCTAaroTCs
O0emepMUHUpO8anHbIMy KaK TTUTMEHTHBIC: OKa3aBIINCh CHOBa B 0oiee MOJXOJSIINX
YCIIOBHSIX, OHHM BHOBb HAQYMHAIOT BHIPAaOAaTHIBATH MHIMEHT. ECTh OZHO H3BECTHOE
UCKITIOUCHHE M3 JTOrO IIPaBHIa: IPH ONpPEJCICHHBIX YCJIOBUAX OTH KIETKH OyayT
nepeauddepeHIUpoBaThCsl B KICTKHM XPYCTAIMKA; OIHAKO HUKAKUMHU H3MEHEHHSIMH
KyJIBTYPaJIbHON Cpebl U YCIOBHIl POCTa HE yIAeTCsl MPEBPATHTh MX, HANPUMEp, B KICTKH
KpOBH, IIEYCHU WITH CEepALA.

He Tompko B KympType, HO W B LEJIOM OpraHu3Me IOYTH Bce
nmuddepeHIMpOBaHHbIC KIETKU BEAYT ce0s Tak, Kak OyITO MX IJIaBHbIE 0COOCHHOCTH OBbLIN
HEeoOpaTHMO IETePMHHHPOBAHBI B IIpolecce MX pa3BUTHA. Hampuwmep, smugepmaibHbIe
KJICTKH OCTAIOTCSl SMUICPMaTbHBIMU @K€ B CAMOM HEMOJXOIIEM OKPY)KCHHH: €CIH M3
KOXH XBOCTa KPBICHI IPHTOTOBUTH CYCIICH3HIO IHCCOLMMPOBAHHBIX JIHACPMATBHBIX KICTOK
U BBECTH €¢ IOJ KalCyily IIOYKH, TO KIETKH OyAyT pacTH TaMm, oOpa3ys smujgepMalbHbIe
MEIIOYKH, COJEpIKAIlUe BOJIOCSHBIC (OJUIMKYIBI U CajbHbIE JKeJe3bl, KaKk B KOXe Ha
HOBEPXHOCTH TelIa.

17.1.2. InddepeHUHPOBAHHOE COCTOSIHHE MOKET BUIOU3MEHATHCS
NoJ BJIUSIHHEM KJIeTOYHOro okpyxenus [1, 3]

XoTsl pajyKaJbHbIC KJICTOYHbIC NPEBPAIICHHUS OOBIYHO HEBO3MOXHBI, XapaKTep OYeHb
MHOTHX AU(GHEPSHINPOBAHHBIX KIETOK MOXKET MPUCIOCAOIMBATECSA B KAKOH-TO Mepe K
YCIIOBHSIM OKpY’Karoiei cpenpl. JlOMyCTHMble H3MEHEHMSI KICTOK - 3TO B OCHOBHOM
Mooynsyuu 1AGGEpPeHIMPOBAHHOTO CTaTyca, T. €. 00paTHMble B3aHMOIPEBPALICHHS OYEHb
CXOJHBIX KJICTOYHBIX ()eHOTHIOB. Hampumep, mHEYCHOUHBbIC KICTKUM CHIDKAIOT —HIIN
[OBBIIIAIOT ~ CHHTE3  ONpPEACICHHBIX  (EPMEHTOB  (MyTeM  H3MEHEHHsS  KOJIHYECTB
coorserctByrommx MPHK) B 3aBHCHMOCTH OT KOHLEHTPALMH CTEPOMAHOIO TOPMOHA
THAPOKOPTU30HA. MBILICUHBIE KICTKM TOXE BHUAOM3MEHSIOT XapaKTep IKCIPECCHH CBOMX
TEHOB B COOTBETCTBUHM C OOBEMOM IOJy4aeMOW MMM CTUMYJsuuu (pazn. 17.6.2 u 19.8.4).
Oco0blii ciy4ail npencTaBisitoT (GUOPOOIACTBI M POACTBEHHBIE MM KIETKH - CEMEHCTBO
COEOUHUMENbHOMKAHHBIX — KIEemOK. OTH  KIETKH  00JaJaloT  MCKIIOYUTEIbHOU
[PHUCIIOCOOIAEMOCTEIO M MOTYT HCIBITBIBATH  PAa3sHOOOPA3HBIC B3aMMOIPEBPAIICHHS:
(ubpobiacTel, Hanmpumep, MOTYT OOpaTMMO MHPEBPAIIATHCS B XpSILIEBbIE KIETKH. Takue
TpaHc(hOpPMALMH BaXHBI MIPH 32KHBICHUHI PaH U [EPEIOMOB, a TAKXKE IIPU
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NPYTUX TaTOJOTHYEeCKuX mpoueccax. [lonpoGHee 00 3ToM cM. B pasa. 17.7; Tam Oyaer moka3aHo, Kak 3TH HPEBPALICHHs PEryIUpYyoTcs (opMoil KIeTok,
MEXKJICTOYHBIM MaTPUKCOM ¥ AU(GYHANPYIONMMI CUTHAIBHBIMI MoJieKynaMu. OIHAaKO Jaxe Takhe M3MeHeHHs AP PepeHIIMPOBAHHBIX KJIETOK BO3MOXHEI
JIMIIb B Y3KMX MPEJIeNiax: H3MCHHBILASCS KJICTKA OCTACTCS YWICHOM CEMEHCTBA COCMHUTEIbHOTKAHHBIX KIICTOK.

17.1.3 HekoTopble CTPYKTYPbI NOIeP:KUBAIOTCA O/1aroAaps NOCTOSIHHOMY B3anMojeiicTBuIo ux yacreii. [Ipumep:
BKYCOBbI€ IIOYKHU U UX HepBbI [4]

BKkycoBble MOYKH CIIyKaT €Ile OAHUM HEOOBIYHBIM HPUMEPOM COCTOSIHUS TU((EpEeHIUPOBKH, 3aBHUCSIIETO OT MOCTOSHHBIX B3aHMMOJCHCTBUIL
MEXIy KICTKaMH. JTH KPOXOTHBIC CTPYKTYPBI, C IIOMOIIBIO KOTOPBIX MBI OIIYIIAEM CJIaAKOE, KHCIOE, COICHOE M FOpbKOe, 00pa3yloTcs TIIaBHBIM 00pa3oM B
SIHUTEINH BEPXHEH CTOPOHBI s3bIKa. Kaxaas movka COCTOMT MPUMEPHO U3 MONYCOTHH KIETOK, KOTOPBIC JIETKO OTINYHTH OT OKPYXKAOIHUX JIIHTEIHATBHBIX
KJIEeTOK 1o ux opme (puc. 17-3). YV UIMHEHHbIE KJICTKH BKYCOBOM IOYKH, PACHOJIOKCHHBIC HAIOA00HE JOLICYEK B OOYOHKE, MPOXOIAT Yepe3 BCIO TOJILY
smuTenus, 00pasyst MaJeHbKOE OTBepcTHE (BKYCOBYIO IMODY), BBIXOIsIee Hapyxy. Kak momaraioT, HIMEHHO 4Yepe3 3Ty HOpY JOJDKHBI MPOHUKATH BHYTPb
MOJICKYJIBI BEUICCTBA, BBI3BIBAIOIICTO BKYCOBOC OIMyIICHHE. BO BKYCOBOIl MOYKE MOKHO Pa3IM4YMTh KICTKH 10 KpaWHedl Mepe ABYX THIIOB - ONICAHBIC U
TEMHBIC; U CpPEIM HUX €CTh KICTKH, ICHCTBYIOIIME KaK BKYCOBbIe perentopbl. CEHCOpHBIC CHUTHAJBI MEPEJAalOTCS B MO3T [0 HEPBHBIM BOJIOKHAM,
[POHM3BIBAIOIIMM BKYCOBYIO IIOYKY M OKAaHYMBAIOIIMMCS Ha ee KJeTKax. Ecim 3TH BOJIOKHA Iiepepe3arb, BKYCOBBIC IOYKH MOJHOCTBIO HCYE3AIOT.
Perenepaiyisi HEpBHBIX BOJOKOH MPUBOJHUT K TOMY, 9TO AU(D(DEPECHIMPOBAHHOE COCTOSHHE DIUTEIHAIBHBIX KICTOK M3MEHSCTCS M M3 HUX (HOPMHPYIOTCS
HOBBIC BKYCOBBIC TOYKH. MOXHO BBI3BaTh 0Opa30BaHHE BKYCOBBIX MOYCK JaKE HA TAKOM YYacTKE SIHUTENHs, TIC MX B HOPME He ObIBAacT, HalpUMep Ha
HIDKHEH MTOBEPXHOCTH s13bIKa. /IS 3TOr0 y4acTOK SMUTEIHS HY)KHO BBIPAILUBATE iN Vitro BMECTe ¢ COOTBETCTBYIOLINM CECHCOPHBIM I'AHIIIMEM, KOTOPBIH OyaeT
€ro MHHEPBHPOBATD.

OpiHaKo, HECMOTPS Ha MOJ0OHBIC MPUMEPHI, OOJIBIIMHCTBO TKAHEH B3POCIOTO OPraHu3Ma COCTOUT U3 Habopa YETKO OIPEeNICHHBIX, HEOOPaTHMO

Mi KpOBOPCHH KK Brycosan nopa .
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Puc. 17-3. Cxematndeckoe H300pa’keHHEe BKYyCOBOI IIOUKH.
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JICTEPMUHUPOBAHHBIX THIOB KJIETOK. MX 4MCIO M MPOCTPaHCTBEHHBIC OTHONICHUS MEKAY HHMHM JOIDKHBI TOANCPKUBATECA B TEYCHHE JKH3HH C TIOMOIIBIO
TaKMX MEXaHU3MOB, KOTOPBIE HE TPEOYIOT IIPEBPALIEHHUS OJJHOTO THIIA KJIETOK B JIPYyTOi.

3aka0ueHne

Bonvwuncmeo oughgepenyuposannvix Kiemox 6 MKAHAX 63POCNIO20 OP2AHUMA GYOYM COXPAHAMb €Ol cneyuguyueckuil xapakmep 0ajice
VCNOBUAX HOB020 OKpydicenus. Xoms Oughpepenyuposannvie cocmosnus, KAk Npasuio, YCMouyugbl u HeoOpamumel, 0ajice GblCOKOCNeYUaru3upo8anHHble
KIemKU MO2ym UBMEHAMb 6 ONpedeleHHbIX Npedenax Ceou COUCMea Npu usMeHeHuu okpycarowel cpedvl. Ocobenno 3nauumenvHvie Npespaujenusl
APOUCX00am 6 ceMelicmee COeOUHUMENbHOMKAHHBIX KIIeMOK, GKIiouailowem uopobracmel u xpawesvle Kiemku. Brycogvie nouxu - ewe 00un neobbiuHbill
npumep moezo, Kak cocmosnue oup@epeHyuposKu Modicem 3a8ucems om HenpepuiBHO20 63AUMOOCICMEUS MENCOY KIeMKAMU: CReYUATUIUPOBAHHbLE KICMKU
6KYCOBbIX NOUEK NOTHOCHIBIO UCHE3AIOM NOCTIE NePEPE3KU HEPEA U 6HOBb NOSAGIAIONCS NPU B0CCIMAHOGIEHUU UHHEPBAYUU.

17.2. Tkanm c nepMaHEHTHBIMH KJIeTKamMH [5]

He Bce nomyssiiuu and)pepeHIpOBaHHBIX KJIETOK OpPraHM3Ma MOABEPKEHBI 0OHOBICHMIO. KIIeTKM HEKOTOPBIX THUIIOB, 00pPa30BaBIINECS B HYKHOM
KOJIMYECTBE Y SMOPHOHA, COXPAHSIOTCS B TCYCHNE BCCH B3POCIIOi KU3HH; OHH HUKOTAA HE ACIATCS U B CIy4ae MX yTPaThl HE MOTYT ObITh 3aMECHEHEL. B aToM
CMBICJIC TIEPMaHEHTHBI II0YTH BCE PA3HOBHUAHOCTH HEPBHBIX KieToK. CroJja MOYKHO OTHECTH M HEKOTOpbIE IPYrue KICTKH, B TOM YHCIIC Y MIICKOIUTAIOIINX-
KJICTKH CEPJCYHON MBIILILIBI U XPYyCTaJIHKa.

Bce 9TH KICTKM JKMBYT 4YpE3BBIYAiHO NOJrO M, ECTECTBCHHO, HAXOMITCS B TAKMX MECTax, IZIC OHM B HOPME 3AIUIICHBI OT MOBPEXKAAIOIINX
BO3/ICHCTBHIA, OHAKO B OCTAJHHOM OHHM OYCHb CHJIBHO PA3IMYalOTCs MeXmy coboil. TpyaHO ykazaTh Kakylo-TO OJHY NPUYHHY TOTO, YTO OTH KJICTKH -
JIOJDKHBI OBITh NEPMAHEHTHBIMH, TOTJAa KaK MHOXECTBO JPYIMX KJICTOYHBIX MOMYJslMii oOHOBIsieTca. B ciydae cepaedyHOil MbIIIbl BOOOIIE TPYAHO
MIPEICTaBUTh ceOe CMBICI NMEPMAHCHTHOCTH KJIETOK. YTO Kacaercss HEHPOHOB (KOTOpbIe OyIyT moapoOHO 0OCYyKAaThbes B M. 19), TO KaKeTCsl MOHSATHBIM,
HoYeMy UHTEHCHBHOE OOHOBJIEHHE 3THX KJIETOK BO B3POCIOM OPraHM3ME HellelIecoo0pa3Ho: ObUIo Obl 04EHBb TPYAHO B TOYHOCTU BOCCTAHABINBATE CIOXKHYIO
CHCTEMY HEPBHBIX CBs3€H, CO3IAHHYIO B MEPHOJ PA3BUTHS NPH COBEPIICHHO MHBIX YCIOBHAX. Kpome Toro, cie/bl mamMsTH, 3alHCAHHbIC B BUJEC HEOOJBIINX
M3MCHEHMH CTPYKTYphl WIHM CBS3¢H ONpPEACICHHBIX HCHPOHOB, BEPOSITHO, CTHpajach Obl HPH 3aMEHE NPEXKHHUX KICTOK HOBbIMH. C ApYroil CTOpOHBI,
HEPMAHEHTHOCTh KJIETOK XPYCTaJIMKa - 3TO, O-BUANMOMY, IPOCTOE U HEM30EKHOE CIIEICTBUE XapaKTePa POCTa ero TKaHH.

17.2.1. Knerku, pacnoJioskeHHbIe Y B3pPOCJIOr0 B EHTPe XPyCTAINKa, 00pa30BaINCh elle B SMOPUOHAJIBLHOM nepuose [6]

OuyeHb HEMHOrO€ BO B3POCIOM OpraHH3Me COCTOMT M3 TeX CaMbIX MOJICKYJ, KOTOpbIe OBLIM CHHTE3MpOBaHbl y 3MOpuona. K Tem penxum
CTPYKTypaM, B KOTOPBIX He IIPOUCXOAUT OOHOBIEHHS KIETOK U JaXKe UX BHYTPEHHETO COAEP)KUMOT0, OTHOCHTCS XPYCMAUK 21a3d.

XpycTaMK pa3BHBAeTCS M3 SKTOJCPMBI B MECTE €€ KOHTaKTa C Pa3BUBAIOIIMMCS IJIa3HBIM ITy3bIpEM. 3/1€Ch SKTOJEPMa YTONIIACTCA M 0Opasyer
BIISIYMBAHHE, KOTOPOE B KOHIE KOHIIOB OTIIHYPOBBIBAETCS, CTAHOBSICh 3a4aTKOM XpycTaiukKa (cM. puc. 17-2). Takum 00pa3oM, XpycTallK 3aKiajibl-



IMBPMOHANbHBIA 3a4aTOK
XpycTannKa

MepanuHOoe BONOKHO____
XPYCTanmea

Hegasno obpaloBasLllescA
BONOKHO XpyCTamKMka

XPYCTanWK BIpocnoro
YENOEEKE (B MHOM
macwtabe)

CepaueBMHa XxpycTanvKa
BIPOCNOro YENoBEKa,
COCTOALWER M3 NEPBUNHEIX
sonoKoH, obpalosaBlwuMxCA
ele 8 ambproHe

[epeaHne KneTKmn
[Raep ywe He BuaHo) pea

xpycranika (nponudieps
PYHIT ¥ ABHM¥ Y TCA N0
"E.’;J'«"d}f.’[]l-'- K JagHen
WaCTW XpycTanwea, rae
obpaiyioT HOBLIE BONOKHAE]

BazansHan membpada

Puc. 17-4. PazButue xpycranuka y 4ejaoBeka (CXeMaTH3UPOBAHO).

BaeTcs B BUJe CHEPHUIECKOro IMy3bIpbKa M3 OJHOTO CIIOS SHHTEIUATBHBIX KJICTOK, OKPYXKAIONMX LEHTPATBHYIO IOJOCTh. BCkope WacTh 3TOro smuremws,
PACIIONIOJKCHHAsT C3a[M, T. €. OOpallleHHas K CeT4aTKe, IpeTeprieBaeT pe3koe M3MeHeHue. Ee KIETKH Ha4MHAIOT CHHTE3HpOBaTh crienupuueckue OCnKu
XPYCTAIMKA - KPUCMALIUHGL - U 3AMOTHAIOTCA UMHU. [Ipu 3TOM KIIETKH HEOObIYaiHO yUIHHAIOTCA, TuddepeHuupyscs B BoJokHa (cM. puc. 17-4). B xoHue
KOHIIOB MX Spa paclafaloTcsi M CHHTe3 OENKOB Ipekpamaercs. TakuM ITyTeM 4YacTh SHHTENUs XPYCTAIMKOBOTO ITy3bIpbKa, oOpalieHHas K CeTdaTke,
pa3BUBACTCS B IUIOTHOE IPEJIOMIIIONIECE TENO, KOTOPOE COCTOUT W3 MHOXXECTBA BBICOKMX IMPU3MATHYECKUX KIICTOK, JIMIICHHBIX HPHU3HAKOB JKU3HH H
YIOXKEHHBIX cTOnKaMu (puc. 17-5). LleHTpanbHas MOIOCTh My3bIpbKa MCYE3aeT, B TO BPEMsI KaK MEPEAHsS YaCTh SMUTEINs, OOpalIeHHas K BHEIIHEMY MHUDY,
COXpAHSCTCS B BHJE TOHKOTO CIIOSl HU3KHX KyOMYECKHX KIETOK. PocT XpycTannka 3aBHCHT OT Npoiudepalyuy 3THX KJISTOK B IepefHeil 4acTH, OTKyHa OHU
YAaCTUYHO BBITAJIKMBAIOTCS HAa Kpas XPyCTAJIMKA U HA €ro 3aJHIOI0 MOBEPXHOCTH (cM. puc. 17-4 u 17-5, A). Bo Bpems 3Toro nepenBuKeHUs OHU NEPECTAIOT
JICITUTHCSI, HAYMHAIOT CHHTE3UPOBATh KPUCTAIMHBI U AU PEpeHIMPYOTCS B BOJOKHA XPYCTalINKa. TaKUM IIyTeM Ha MPOTSHKCHUH BCEH JKH3HH B XPYCTAIIMKE
HOSIBISIOTCS JOTIOTHUTEIEHEIE BOJIOKHA, XOTSI CKOPOCTh UX 00pa30BaHMs IOCTEIICHHO CHIDKACTCSL.

KpucTammiHel B BOJIOKHAX XpyCTalldKa, 00pa30BaBIIMXCsS B PAaHHMIT MEPHOJ, OTIMYAIOTCSA OT KPUCTAUIMHOB 0oJiee MO3AHUX BOJIOKOH, HOJOOHO
TOMy KaK 'eMOIJIOOMHBI B 9PHTPOLHTAX IUI0Ja OTINYAIOTCS OT FeMOITIO0MHOB B3pOCIOro opranusma. OfHAKO SPUTPOLUTHI 3aMCHSIIOTCSI HOBBIMH, 2 BOJIOKHA
XpycrairKa - HeT. I1o9ToMy B cepAlieBUHE XpyCTalrKa y B3pOCIBIX HAXOAATCS BOJIOKHA, 3aJI0KCHHEIE eIlle y SMOPHOHA U COfieprKalue KpucTai-
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Puc. 17-5. CrpoeHue xpycrainka B3pocioro uenoseka. 4. CeroBas MukpodoTorpadus cpesa 4yacTu 3penoro xpycraiuka. [lokazaHo coeiMHEHHE TOHKOTO
SIUTEINNS, TOKPBIBAIOLIETO EPEHIO CTOPOHY XPYCTaINKa, ¢ U depeHIMpPOBaHHBIME BOJIOKHaMHU. 5. Mukpodororpadus, nonydeHHas ¢ IOMOIIbIO
CKaHUPYIOIIETO 3IEKTPOHHOTO MUKPOCKOIIA. BOJIOKHA IIIOTHO yIakoBaHbl M HAIIOMHHAIOT IITA0EIs JOCOK Ha Jiecockiazne. Kaxkoe BOJIOKHO - 310 0fHa
OMepTBeBIIAsl yIIHHECHHAS KJIeTKa. JIHHa OTIeIbHBIX BOJIOKOH JOCTHTraeT 12 MM. (4 - ¢ mobesHoro paspemenus Peter Gould; 5 - u3 R.G. Kessel, R. H.

Kardon, Tissues and Organs: A Text-Atlas of Scanning Electron Microscopy, San Francisco: Freeman, 1979.)

JIMHBI OIPE/CICHHBIX THIIOB, CHHTE3HPOBAHHBIC B TOM PAaHHEM HepHoje. Pa3nudus B MokasaTese MPEIOMICHHS MEXIY PAHHUMU SMOPHOHAIBHBIMY THIIAMHI
KPHUCTAJUIMHOB U 0oJiee MO3JHUMH THIIAMHU TIOMOTAIOT M30aBUTh XPYCTANMK OT ONTHYECKHMX abeppaiuii, CBOHCTBEHHBIX MPOCTBIM JIMH3aM, C/CTAaHHBIM M3
OJIHOPOJIHOTO MaTepuana, HalpUMep U3 CTEKIIA.

17.2.2. BoJILIIMHCTBO NIEPMAHEHTHBIX KJIETOK 00HOBJIsIET CBOM cocTaBHble YacTu. Ilpumep: ¢oTopenentopHble KJIeTKH
ceTyaTku [7]

Takux HeM3MeHseMBIX KIETOK, KaK BOJIOKHA XpycTalauka, Mano. Kak mpaBmio, Jaxe KICTKH, He JeJIIIHecs B TCUEHUE BCeil XKU3HU OpraHu3Ma,
OOHOBJIAIOT CBOM KOMIIOHEHTHI. KileTKn cep/ieyHoil MBIIIIBI 1 HEHPOHBI, XOTS OHH M HE JEIATCS, METabONMYECKH aKTUBHBI U 00JNaJaloT CIIOCOOHOCTBIO HE
TONBKO cuHTe3upoBath HOBbIe PHK 1 Oenku, HO M M3MCHSTH CBOM pa3Mepbl M CTPYKTYypy B TedCHHE KH3HM. Hampumep, KICTKH CEpIACYHON MBILIIEI
OOHOBIISIIOT OCHOBHYIO MacCy CBOHX OEJIKOBBIX MOJIEKYJ B TeUeHHUE 1-2 Hellelb, H OHM MOTYT yCTaHOBUTH TaKOIl OalaHC MEXKIy CHHTE30M U pacraoM Oenka,
YTO CaMH KJIETKHM yBEJIMYATCs B pa3Mepax, €CM BO3PacTeT Harpys3ka Ha CepAle - CKaXKeM, NP JUIMTENIbHO NOBBIIICHHOM KPOBSHOM JaBicHuH. HepBHble
KJICTKM TOXE HEMPEPHIBHO 3aMCHSIOT CBOM OCJIKOBBIC MOJEKYJbI; 0o0jee TOro, MHOTHE HEHPOHBI CIIOCOOHBI PErCHEPUPOBATH IIEPEPE3aHHBIC AKCOHBI H
JEHAPUTSHI (CM. 1. 19).

ITponecc 0OHOBIEHHS KIETOYHBIX KOMIOHEHTOB OCOOCHHO SIPKO MOXHO HMPOMILTIOCTPUPOBATH HA IIPUMEPE BBICOKOCTICIIHATN3HPOBAHHBIX HEPBHBIX
KJIETOK, 00pasymomux ¢oropenenTopbl ceTyatku. HepBHas 4yacth ceryaTku (CM. puc. 17-2) COCTOUT M3 HECKOJBKHX KJICTOYHBIX CIIOEB, PACIOJIOKCHHBIX,
Ka3aJoch Obl, BeCbMa CTpaHHBIM 00pa30M: HEHPOHBI, IIepeIaloliie 3pHTEIbHbIE CHIHAIBI B MO3T (TAHIJIMO3HBIC KIETKU CETUYATKH), JIeKaT OJIIKE BCETO



157

KneTiw
AWFMEHTHOT O
INMTENHA

Konbouka
(hoTopeusntop)

Mano4ka
(hoTopeuenTop)

NpomenyToy-
Hblg
HEWPOHL =

HepaHbib
cnow
CETHaTHW

laHrnuoIHbe
KNETKH

AKCOHBI,
Ay WHe B Modr

Magarouwit caert

Puc. 17-6. Cxema ctpoeHus cetdatku. [Ipu ctumymaiuu GoTopenenTopoB HEpBHBIC CUTHANBI IEPEIAIOTCS Yepe3 IPOMEXYTOUHbIe HeHPOHBI TaHTTTHO3HBIM
KJIETKaM, a T¢ B CBOIO 0Yepe/ib IEPEIAIoT UX B MO3T. IIpocTpaHCcTBO MeX Ty HepoHaMu M (POTOPEIENTOPAMU B HEPBHOM CJIOE CETYAaTKU (Ha PHCYHKE CBETIIO-
cepoe) 3aloIHEHO CIICHHATN3HPOBAaHHBIMI ONOPHBIMH KJIETKaMH, KOTOpbIe Ha cxeme He mokasanbl. ([To J. E. Dowling, B. B. Boycott, Proc. R. Soc. Lond.
(Biol.), 166, 80-111, 1966.)

K BHEIIHEMY MHDY, TaK YTO CBET, (hOKyCHPYEMBbIH XDPYCTAaIHKOM, JOJDKCH MPOMTH 4epe3 HHUX 10 MyTH K (OTopeunenTopHbIM kieTkaMm. Ilocimenxne
PACIIONIOJKEHBI TaK, YTO KOHIBI MX, BOCIPHHHUMAIOIIHC C8eM, - HAPYJICHble Ce2MeHMbl - YaCTHYHO IOTPY)KEHBI B MUIMEHTHBIN snutenuit (puc. 17-6). B
COOTBETCTBHH €O CBOCH (popMOii POTOpELEeNTOPEI JEIATCS HAa MATOYKH U K0J00YKH. OHM COEpKAT Pa3INYHbIC CBETOUYBCTBUTEIBHBIC KOMILIEKCHI O€IKa CO
3PUTEILHBIM UTMEHTOM. [1ano4ky 0COOCHHO UyBCTBUTEIIBHBI IPH MAaOil OCBELICHHOCTH, TOT/A KaK KOJIOOYKH, HPEACTABICHHbIC TPEMS Pa3HOBUIHOCTSIMH
(Kaxmast UL CBOCTO y4acTKa CHEKTpa), CIy)KaT AUl BOCHPHATHUS LIBETA M TOHKHX jAcrtancil. HapykHbIH cerMeHT (poTopenentopa Kaxaoro THMA - 3TO, HO-
BUIMMOMY, BUJOM3MEHCHHAs DPECHUYKA: B HEM Mbl HAXOAMM XapaKTEPHOE JJIi PECHHYEK PAaCIOJ0XKEHHE MHKPOTPYOOYEK B YHYAaCTKE, CBS3BIBAIOLIEM
Hapy>XHBIH CErMEHT C OCTalIbHOM KieTKoi (puc. 17-7). ['maBHas ke 4yacTb HApYXKHOI'O CErMEHTA IOYTH LEJIMKOM 3allOJHEHa IUIOTHO YJIOKEHHBIMU
MeMOpaHaMH, B KOTOPBIC ITOrPY)KCHBI CBETOUYBCTBUTCIIBHBIC OCIKHU, CBSI3aHHBIC CO 3PUTEIBHBIM TUIMEHTOM. [IPOTHBOIOI0KHBIE KOHIBI (HOTO-
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Puc. 17-7. manoukn. 4. B

Crpoenue
NCHCTBUTENPHOCTH YHCIO  (OTOPELEHTOPHBIX

IUCKOB B HAPYXKHOM CETMEHTE JOCTUTacT
IIPUMEPHO TBICSYH. b. DIeKTpOHHas
MuKkpodororpadust ydactka naaodky. MoXKHO
BUJCTh OCHOBAaHHE HApY)KHOTO CErMEHTa H
BUJIOM3MCHCHHYIO PECHUUKY, KOTOpast
CBSI3BIBACT HAPY)KHBIA CErMEHT C BHYTPCHHHM.
(A-T.L. Lentz, Cell Fine Structure. Philadelphia:
Saunders, 1971; 5-M.J. Hogan, J. A. Alvarado,
J. E. Weddell, Histology of the Human Eye: An
Atlas and Textbook. Philadelphia: Saunders,
1971.)
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PCLENTOPHBIX KJICTOK 00Pa3yrOT CHHANTHYECKUE KOHTAKTHI CO BCTABOYHBIMH HEHPOHAMH CETYATKH.

doropenenTopsl - 3TO IEPMAHEHTHBIC KIETKH, HE CIIOCOOHBIE IeauThes. Ho Momexyist
CBETOYYBCTBHUTEIBHOTO Oenka He mepMaHeHTHBl. OHHM Bce BpeMs OOHOBISIOTCS, W 3TO MOXKHO
OOHApY)XHTh IO HENPEPHIBHOMY BKIIIOYCHHIO B HHMX DPAJHOAKTHBHBIX aMHHOKHCIOT. B mamoukax
(JIFOOOTIBITHO, YTO 3TOTO HET B KOIOOYKax) Takoe oOHOBJIEHHE HAET KaKk Ha KOHBelepe. B ombITax ¢
KPaTKOBPEMEHHBIM BHECEHHEM aMHHOKHCIIOT MOXKHO IIPOCIIEIUTh, KaK Yepe3 BCIO KICTKY HPOABUIaeTCs
SIIEJTIOH MEYEHBIX 0eNKOBBIX MOJIEKYI (puc. 17-8). [Tocie 0OBIYHBIX STANOB BKJIOYEHHS aMUHOKHCIIOT B
0€JIOK M YIaKOBKH IIPOJYKTa B anmapare [ oJb/UKH, IPOUCXOSIINX BO BHYTPCHHEM CETMEHTE KIETKH,
PaIMOaKTUBHBIA MaTepHal IOSIBISETCS CHAaYalla Y OCHOBAHUS CTOIKM MEMOpaH B Hapy)KHOM CErMEHTE.
Orcrofia OH MOCTENCHHO MEPEMEIIACTCsI K KOHYMKY CErMCHTA, B TO BPEMs KaK B OCHOBAHHE CTOIKH
IOCTyIaeT HOBBIM Martepuain. HakoHer, rmociie TOro kak Me4eHble OSIIKH BMECTE CO CIIOSIMH MEMOpaHBL,
B KOTOPYIO OHH IIOTPY’KEHbI, TOHAYT 10 BEPIIMHBI CTOIKH (Y KPBICHI MPUOIU3UTENEHO Yepe3 10 mHeit),
OHHM (DaroLUTHPYIOTCS U [EPEBAPUBAIOTCS KICTKAMH THTMEHTHOTO SIIUTCIHSL.

JansHeiimue cBeeHus o (oTopenenTopax H MX (QyHKINH B HEPBHOH CHCTeMe YHTaTelb
Haiiger B ri1. 19.
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KNETKE NUrMeHTHOr O 3NKTennA

Puc. 17-8. OGHOBIeHIE MEeMOPAHHOTO GelIKka B MAT0UKe ceTyaTky. [10cie KpaTKOBPEMEHHOT0 BBEACHHs ~H-efinHa MOIKHO C TOMOIIBIO PAaHOaBTOrpaduu
CIICZINTB 3a TIEPEMEILICHNEM €T0 B KileTke. KpacHble TOUKH - MeCTa, I/Ie €CTh PaJJMOAKTHBHOCTb. METO/ BBIABIIACT TOJNBKO JICHIIMH, BKIIOYMBIINNCS B OCIIKH;
HEBKJIFOYMBINASACS METKA OTMBIBACTCS BO BPEMs IPUTOTOBJICHHS Npenapara. BrIro4eHHSI IeHIUH CHaYana KOHLEHTPUPYETCS 10 COCEJCTBY C aIapaToM
Tonpmxu (1); 0TCIOa OH NEPEXOAUT B OCHOBaHHME HAPY)KHOTO CEIMEHTA U MOMNAIAET B TOJIBKO YTO CHHTE3UPOBAHHBIN AUCK (POTOPELENTOPHON MeMOpaHsI (2).
31eck obpasyercs 0koso 3-4 HOBBIX JIUCKOB B 4ac (y MJICKOINHUTAIONINX ), 1 OHU OTTECHAIOT Ooee cTapble IMCKU B CTOPOHY IIUTMEHTHOTO sruTenus (3-5).

3akiawvenne

Hetliponvi, xnemxu cepOeynoll Mbluiybl U 60I0KHA XPYCMAIUKA 6 MedeHUe 6Cell JICUSHU OPeaHU3MA He OensAmcsa U He 3aMeHAMCs HoblMu. B
3penbix BONOKHAX XPYCMATUKA KIemOouHble A0pa yice 0e2eHepuposanu u OerKoeblll Cunmes npeKpamuics, mak 4mo 60 6HympeHHell YeHmpaibHol odnacmu
Xpycmanuka Haxoosmcs 6enku, CUHMesUposaHHvle ewje 6 pannem mbpuozenese. Ho 6 6oivuiuncmee Opyeux nepmaHeHmHuIX KiemoK MemabonuiecKas
AKMUSHOCIMb NPOOONICALNCA U U0 HeNnpepbleHoe 0OHOGIeHUe KIeNMOYHbIX KOMIOHEHMO8. DMo 4emKo NOKA3aHO HA NANOYKAX CemYamKi, 20e Hogble Ciou
pomouyecmeumenvHou MemMopansl CUHMEIUPYIOMCsL OKONO A0PA, HENPEPLIGHO NepeMelyaiomcs K Gepxyuike Kiemku u 3amem nocneneHHo no2iouwames u
nepesapusaomcs KiemrKam RU2MeHmHo20 INUmenus.

17.3. O6HOBIeHNe MyTeM NPOCTOro yaBoeHus [8]

VY no3BoHOYHBIX (b (EpeHIMPOBAHHbBIC KJICTKHA B OONBIIMHCTBE CBOEM HE IMCPMAHCHTHBI - OHH BCE BPEMsI IIOTHOAIOT U 3aMEIIAalOTCs HOBBIME. B
TEYeHHE JKM3HH B3POCIIOr0 OpraHu3Ma HoBble aud(epeHIMpOoBaHHBIE KIETKH CO3JAlOTCS OJHHM U3 JBYX CHOCO00B: 1) mpu npocmom yosoenuu
CYIIECTBYIOMHX AU PEPeHIIMPOBAHHBIX KICTOK 00OpasyioTcs ABE OOYEPHHE KICTKH TOrO JKE THUMA; 2) HOBBIC KIETKH MOTYT OOpa30BBIBATHCS H3
HeaupGepeHIIUPOBAHHBIX CMBOI0GbIX KIEeMOK, U ITOT CII0CO0, KaK MBI YBHANM IaJIbIIC, CBA3aH C H3MCHEHHEM KICTOYHOTO (PEHOTHIIA.

CKopocTb OOHOBIECHHSI BapbUPyeT OT TKaHM K TKaHH. Bpems o0OpoTa KJIETOK MOXET M3MEpSThCS CYTKaMM, KaK B JHHTEINAJIbHOH BBICTHIIKE
TOHKOT'O KUIIEYHUKA (OHA OOHOBIISIETCS 32 CUET JAEJNEHUs CTBOJIOBBIX KJIETOK), @ MOXKET JUIUTHCS o U 0oee, KaK B IODKEITY0UHO xesese (I1e MPOUCXOIUT
MIPOCTOE yIBOCHUE KIIETOK). BO MHOTHX TKaHSAX, OOBIYHO OOHOBIISIOIIMXCS OYE€Hb MEJUICHHO, IPU HaT0OHOCTH BO3MOXKHA CTUMYJISLMS Oojee
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OBICTpOro 0Opa3oBaHHs HOBBIX KIETOK. B 3TOM paszmene MBI paccMOTpUM OOHOBIICHHE ITyTeM IIPOCTOTO yABOCHHA AU} hepeHINPOBaHHBIX KIETOK Ha IIpUMepe
MIEYEHHU U SHAOTEIINAIIBHBIX KIIETOK.

17.3.1. IleyeHb-IPOMEKYTOYHOE 3BEHO MEKIY MUINEBAPUTEIbLHBIM TPAKTOM U KPOBBIO [9]

IlepeBaprBanue MUY - IPOLECC CIOKHBINA. OnpeneneHHble KIeTKH, BHICTHIAIONMINE MUIIEBAPHTEIbHbBINA TPAKT, BBIACIAIOT Pa3IUUHbIe BELIECTBA,
TaKHe Kak COJIHAasi KUCIoTa U (DePMEHTHI, pacIICIUISIOMUe KOMIOHEHTH UMM Ha Ooliee NMPOCThIe coenuHEeHMs. J[pyrue KIeTKH BCAChIBAIOT MPOMYKTHI
NepeBapUBaHUs U3 NIPOCBETA KUIIEYHUKA U NEPEHOCAT UX B KPOBb IS MCIIOJIb30BAaHUS JPYIMMH KJIETKaMH opraHusma. Bee 3Tu mpoueccsl perysupyorcs B
COOTBETCTBUH C COCTABOM MOCTYIHMBILEH MUY U ¢ KOHI[GHTpanuen

3UMOreHHan KneTKa Xenyaxa,
BbIABNAOLWAA NENCUHOrEH

EBKWMAHM KneTka
TOHKOI KWW KW, BbIAENAILWLAR CNH3L

KneTka TOHKON KMLIKW CO LIBTOYHOM
K!eMKOﬁ, BCachiBalOLWAan NUTaTeNsHbIE BEWeCcTBa

Puc. 17-9. HexoTopsie BUAbI CICHATN3UPOBAHHBIX KJIETOK, BCTPEYAOLIUXCS B AIIUTEIUAIBHOM BBICTHIIKE JKEITy0UYHO-KHIIEYHOTO TpakTa. Ha cpezax
SMUTEIHS YaCTO BUHBI PSIIOM KJIETKH pasHoro tuna (cM. puc. 17-17, 5). (Ilo T. L. Lentz, Cell Fine Structure. Philadelphia: Saunders, 1971.)
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Puc. 17-10. Ctpykrypa neuenu. 4. Mukpodororpadus yyacTka nedeH , HOIyICHHAs ¢ TOMOIIbI0 CKAHUPYIOLIETO dJIEKTPOHHOTO MUKPOCKOMA. BuaHbI
CKJIaYaThIC CIIOM TEMaTOLMTOB (TPaOEeKyIbl) 1 MHOYKECTBO Y3KUX KaHAJIOB (CHHYCOMIOB), 10 KOTOPBIM IPOTEKAET KPOBb. boee MMPOKHe KaHAIBI - 3TO
COCYIbI, KOTOPBIE PACIIPECIAIOT K COOMPArOT KPOBb, IPOTEKAOILYIO Yepe3 CHHycoubl. b. CxemMaTHdeckoe H300pakeHNe TOHKON CTPYKTYpPbI EYCHH.
I'enaTonuTh! OTJEICHBI OT KPOBSHOTO PYCIIa JIMIIb OJHUM TOHKHM CIOEM SHIOTEIHAIBHBIX KICTOK C Pa30pOCAHHBIMU MEXYy HUMU MaKpO(aronogo0HbMu
kyndepoBcknMu Kietkamu. HeGombime 0TBepCTHst B 3TOM CJIOE TO3BOJISIIOT TeMaTOMUTaM OOMEHUBATHCS C KPOBBIO MOJICKYIaMU  MEJIKMMHI YaCTULIAMH, HO
renaToNUThI 3aMIUIEeHBI IPH 3TOM OT IPSIMOTO KOHTAaKTa ¢ IBIKYIIMMIECS KIeTKaMu KpoBH. [ToMuMo 0OMeHa BelecTBaMy ¢ KPOBBIO TeNIaTOLHUTEI 00pa3yloT
CHCTEMY OYCHb Y3KHX JKCITYHBIX KaHAJIBLEB, B KOTOPIC OHU BBIACIISAIOT KET4b, BHIXOALLYIO ajee Yepes XKEIIHbIC MPOTOKH B KHIICYHUK. B
JIeHCTBUTEILHOCTH CTPYKTypa IeUeHHU He TaK peryisipHa, kak Ha oToi cxeme. (4 R.G. Kessel, R. H. Kardon, Tissues and Organs: A Text-Atlas of Scanning
Electron Microscopy. San Francisco: Freeman, 1979.)

MeTabONUTOB B IMPKYIUPYIOMEH KPOBH. DTOT KOMIUIEKC 3a/ad BBINONHSETCS C IOMOINIBIO CBOErO poJa pasleNeHus Tpyda: OAHH TPYNIBI KIETOK

cexperupyior HCl wminm QepMeHTHI, Apyrue BCachIBAlOT IHTATENbHBIC BEIECTBA, TPETHU BHIPAOATHIBAIOT MENTHIHBIC T'OPMOHBI (HAaIpUMeEp, TAaCTPUH),

peryupyouume NuIeBapuTeIbHyI0 U METa00INYECKY0 aKTUBHOCTb, U T. . (puc. 17-9). HexkoTopble U3 3THX KJIETOK PACHOJIOKEHbI B CTEHKE KUILCYHHMKA

BIICPEMEIIKY, IPYTHE COOPAHBI B KPYITHBIC JKEJIE3bl, KOTOPHIC COCAMHEHbI C KUIIEYHNKOM U PA3BUBAIOTCS y IMOPHOHA KaK BHIPOCTHI KHUIICYHOTO SITUTEINSL.
Camast KpyIHast H3 TaKUX XKeJle3 - IedeHb. Y IMOpHOHa OHA pa3BHBAETCS
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B TOM MECTE, II¢ OJHA M3 IIABHBIX BEH MPOXOAUT PSAOM CO CTCHKOW MEPBHYHON KUIIKH. DTOT OPraH M BO B3POCIOM COCTOSIHHH COXPAHSECT HEOOBIYaiHO
TECHYIO CBSI3b C KPOBBIO. IleueHOUHbIE KIETKH (TelaTOMMThI), IPOUCXOMSIINE U3 IUTENNUS IEPBUIHON KUIIKH, 00pa3yloT CKIamaJaThie cIou (TpadeKyibl),
MIPUMBIKAIOIINE K 3aII0JHEHHBIM KPOBBIO NIPOCTPAHCTBAM - cunycoudam (puc. 17-10, A). KpoBb oTneneHa 0T NOBEPXHOCTH I'€HATOLUTOB CIOEM YIUIOLIEHHBIX
SHJOTEIHAIBHBIX KJIETOK, MOKPHIBAIOIINX KaXAyro Tpadekyny (puc. 17-10, 5). Takas cTpykTypa oOierdaeT BBIIOJIHEHHUE BXHEHWIINX (QYHKIMI MEYEHH, B
OCHOBE KOTOPBIX JISKHT OOMEH METa0OIUTaMU MEX/y EYCHOYHBIMU KJIETKAMH H KPOBBIO.

INeuenb - BakHEHIMI OpraH, B KOTOPOM IHTATE/IbHBIC BEIIECTBA, BCOCABLIMECS M3 KHIICYHHKA, IPE0OpasyloTCs A MCIONIb30BAHHUS APYTHMH
TKaHSAMU OpraHU3Ma. BOIBIIYI0 4acTh KPOBM IEYCHb MONYYaeT MPSMO M3 KHUIIEYHOTO TPaKTa (4epe3 MOPTaabHYI BeHY). | eHaTOLMTHI OTBETCTBCHHBI 3a
CHHTE3, PaclICIUICHHE U XPaHCHHE MHOXKECTBA Pa3IMYHbIX BellecTB. OHHM UIPAlOT LEHTPAIBHYIO POJIb B YIIICBOJHOM M )KHPOBOM OOMEHE BCEro OpraHu3Ma; 1
OHM K€ BBIPA0ATHIBAIOT OOJNBIIYIO YaCTh OENIKOB, COJACPKAIIUXCS B IUIa3ME KPOBU. B TO e BpeMs renaToLUTbl COXPAHSIOT CBA3b C IPOCBETOM KHILICYHUKA
yepe3 CUCTEMY MeNbYailllinX KaHaJbLEB U Oosee KPYMHbIX MPOTOKOB (puc. 17-10, 5). Uepe3 3TH MPOTOKHM IeNAaTOLMTHI BBIACIAIOT B KMIICYHUK M OTXOJBI
MeTabou3Ma, U AIMYJIBIUPYIOLIee BELIECTBO - Jicenudb, KOTopas obJyieryaeT BcachblBaHHUE XUPOB. BHYTpH momyisiiuy renatouToB (B OTIHYHE OT OCTAIBHBIX
YacTel NMHUIIEBAPUTENBHOIO TPAKTa), HO-BHIUMOMY, HET 3aMETHOTO «pa3fielIeHHs TPyJa»: BCe I'eMaTOLUTHl CHOCOOHBI BHIIONHATh OAUH M TOT XK€ IIMPOKUH
KPYT METa0OJINYECKHX U CEKPETOPHBIX (ByHKIIUIA.

ITo cBoemy «00Opa3y >KH3HI» I€IaTOLUTHI TOXKE 3HAYUTENHHO OTJIHYAIOTCS OT KJICTOK, BRICTUJIAIOIINX IIPOCBET caMoro kumeynuka. I[locinennue
HAXOMATCS B OYCHb TSDKEIBIX YCIOBMSIX; OHM HE MOTYT JKHMTb JOJT0, COIPUKACASCh C MEXaHMYCCKH U XUMUYCCKU arpEeCCHBHBIM COJACPKHMBIM KHILICUYHUKA, 1
JIOJDKHBI OBICTPO M HEIPEPHIBHO 3aMEHSATHCS HOBBIMH KiIeTKaMu (cM, puc. 17-17). I'ematonutsl e H30aBICHBI OT IPSMOrO KOHTAKTA C COJCPKHUMBIM KHUIIKH,
OHH >KHBYT 3HAUHTEIHHO JOJbIIE U OOHOBISIOTCS C HEOOIBIION, HO CTPOr0 KOHTPOIHPYEMOH CKOPOCTHIO.

17.3.2. YTpaTa ne4eHo4YHbIX KJIeTOK CTUMY.JIUPYeT UX npoaudepanuio [10]

Jlaxxe B MeIUICHHO OOHOBJISIIOIIECHCS TKaHM HEOOJbLIOH, HO MOCTOSHHBIM AucOasaHCc Mex1y oOpa3oBaHMEM M YTPATOH KIETOK NpuBen Obl K
KaTacTpO(HIECKUM IIOCIENCTBISAM. Eciy y denoBeka KaxIyro HeAelmo OyayT JeIUThes 2% HMEeYeHOYHBIX KIIETOK, a TepAThes OyaeT Toibko 1% KIeTok, To
NIeUYeHb HAa4yHET PAacTH M uepe3 § JIeT ee BeC NPEBBICUT BEC BCErO OCTAIBHOro Teia. JIoJDKEH CyIIecTBOBaTh KAaKOH-TO IOMEOCTATHYECKMH MEXaHH3M,
HPUBOJIAIINN CKOPOCTh Pa3MHOXKCHHMS KJICTOK B COOTBETCTBUE € Maccoi TkaHM. HeoOXoauMoCTh B 1O0OHOM KOHTPOJIE 0COOCHHO BEJIHKA y TAKOTO OpraHa,
Kak [e4eHb, KJIETKH KOTOPOH BpeMst OT BpeMEHH pa3pyIIaioTcs MO ASHCTBHEM s10B (HaIpHMep, alKoroJis).

Cy1ecTBOBaHHE TOMEOCTATUYECKOr0 KOHTPOJIS KICTOYHOM Mposndepaniy B eYeHH ObLIO YETKO MOKA3aHO B OINBITAX, B KOTOPHIX 3HAUYUTEIBHYIO
4acTh IeMaToLUTOB YIS XUPYPrUYeCKUM ITyTEM MIIH K€ BBI3BIBAIIM X I'MOEIIb, BBOS XKUBOTHOMY YETBIPEXXJIOPUCTHII yriaepoa. [IpumepHo dyepes cyTku
[OC/IC TAKOTO IMOBPEXKACHUS B IOMYJSLMH OCTABIINXCS TEMAaTOLUTOB BO3HHKACT BOJHA KJICTOYHBIX ACICHMI, M YTpadeHHAs TKAaHb OBICTPO 3aMCIIACTCSL.
Hanpumep, eciii yAauuTh y KpBICHI BE TPETH IEYCHH, TO OCTABIIASICS YacTh PEreHEPHPYET N0 HOPMAIIBHBIX pa3MepoB NPHOIM3UTEIBHO 3a JBe Hexenu. B
HOJOOHBIX CIIy4yasiX CHTHAI I PEreHEepalii EYeHH MOXKHO
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00HApY)KHTh B KPOBH: €CIH y ABYX KPBIC XUPYPIHUECKUM IIyTeM CO3[aTh IEPEKPECTHOE KPOBOOOPAIIEHNE U Yy OJHON U3 HUX YJAlIHTh JBE TPETH MCUCHH, TO
MHTOTHYECKass aKTUBHOCTh MOSBHUTCS M B HEMOBPEXKICHHOW I€UYCHH BTOPOM KpbICH. UTO 3TO 3a (hakTOp B KPOBH M KaKk OH JCHCTBYET, IIOKa HE BBLICHEHO,
HECMOTpSI HA MHOTOYMCIICHHBIE HCCIIEOBaHMA. BO3MOXKHO, YTO TaKMM CHIHAJIOM CIY>KMT CIIO)KHOE COYETaHHE KAaKHX-TO XMMHUYECKHX YCIIOBHH, a HE OJIHH-
€IMHCTBCHHBIN (akTop pocTa. CXOMHBIC SBICHHUS PETCHEpAlUH HAOMIOAAIOTCA B MOYKAX, MMEIONIMX, [O-BUANMOMY, aHAJIOTHIHYIO CHCTEMY YIIPABICHUS
pOCTOM.

17.3.3. Jlns1 perenepanuy Heo0X0AHMM KOOPAUHMPOBAHHBINA POCT KOMIOHEHTOB TKaunu [11]

IMoo6HO GONMBIIMHCTBY OPraHOB, MEYEHb 3TO CMECh KJIECTOK PasIMYHBIX THHOB. KpoMe renaTonuToB M 3HIOTEINANBHBIX KJIETOK, BBICTHIAIOIIMX
CHHYCOH/IBI, 3/IECh MMEIOTCS CIICIMATIN3UPOBAHHBIE MAKpoharu (Kyngepossi Kiemki), KOTOPbIE TOTJIOMAIOT TBEPABIC YaCTHIIBI M3 KPOBOTOKA M Pa3pyIIaoT
«U3HOIIICHHBIE» 3PUTPOLMTHI; €CTh TAKXKE HEOOIbIIOE YnucIo (GUOPOOIACTOB, 0OpPa3yIOMUX PBIXJIBIH COEMMHUTEIBHOTKAHHBIA ocTOB (cM. puc. 17-10, b).
Knetkn Bcex 3THX THUIOB CHOCOOHBI K JieJeHHIO. [l Toro 4To6bl NPOM30MLIA MOJHOLEHHAs PEreHepalus, HX Pa3sMHOKEHHE T0DKHO ObITh HaleKaluM
00pa3oM CKOOPIMHUPOBAHO.

BasxHOCTB cOaaHCHPOBAHHOH PereHepaliy KJIETOK BCEX THIIOB MOXKHO NOKa3aTh Ha NpUMepe aucbananca u ero nocieactsuit. Hanpumep, ecim
MHOTOKPATHO TOBPEk/IaTh NE€YEHb YETHIPEXXJIOPHUCTHIM YIIIEPOJOM MIIH AJIKOr0JIEM C TAKUMM KOPOTKMMM HMHTEPBaJIaMH, YTO IeNaTolUThl He OyayT ycneBaTh
TIOJIHOCTBIO BOCCTAHABJIMBATBCA, IPEMMYIIECTBO MOTYT HOIYy4YnTh (DHOPOOIAcTBI; B 3TOM Cilydae IIedeHb OyAeT HeoOpaTMMO «3abHTa» W3JIHUIIHEH
COEJMHUTENBHON TKaHBIO, M JUISl POCTa TENaTOLMTOB II0C/IE YCTPAaHEHUs TOKCHYECKOTO areHTa OCTaHeTCsl OUeHb Majlo MecTa. Takoe coCTOSHME, Ha3bIBAEMOE
Yuppo30M, 4acTO BCTPEYACTCS Y XPOHMYECKMX alKOTOJMKOB. PereHepanus CHIBHO MOBPEKIEHHBIX CKEIETHBIX MBIIII TOXKE 3a4acTyl0 ObIBAET CEPhE3HO
3aTpy/HEHa U3-3a CIMIIKOM OBICTPOTO POCTa COCAMHUTEIBHOTKAHHOTO KOMIIOHEHTA, B PE3yJIbTaTe YEro Ha MECTE MBIIICYHBIX BOJIOKOH HOSBISIETCS pyOIIoBas
TKaHb. Takoil aucbanaHc, OJHAKO, BO3HMKAeT MM 3HAYUTEIFHOM IIOBPEXKIECHHUM TKAHU; B OOBIYHBIX JKE YCIOBUSX OOHOBIICHMS TKaHH PETYISTOPHbIE
MEXaHH3MBI, [IOKa €Il Majlo H3yYEeHHbIE, 00ECIIEUHBAIOT TOIEPKaHUE COOTBETCTBYIOIIEH CMECH KJIETOK Pa3sHOIo THUIIA.

17.3.4. Bce KpoBeHOCHBIE COCY/IbI BHICTJIAHBI IHI0TEIHAJBLHBIMYI KiIeTKaMu [12]

B ornmume OT NpPUBEACHHBIX BHIIIE HPHMEPOB HEKOOPIMHHPOBAHHOTO poOcTa (UOPOOIACTOB JHAOTENUANBHBIE KIETKH, BBICTUJIAIOIINE
KPOBEHOCHBIE COCY[bl, O0JAaNaloT yIMBHTEIBHOH CIOCOOHOCTBIO M3MEHSATh CBOIO YHCICHHOCTh M PACIOIOXKEHHE B COOTBETCTBHH C JIOKAJIbHBIMH
TpeGoBaHusAMH. [104TH BCe TKAaHM HYXKIAIOTCS B KPOBOCHAOXKEHHM, @ OHO B CBOIO OYEPEIb 3aBHCHUT OT JHAOTCIHAIBHBIX KJICTOK. JTH KICTKH CO3MAIOT
CIIOCOOHYIO K THOKOI aJanTaluy CHCTEMY JKH3HEOOECIICUCHHS C Pa3BETBICHUSIMU BO BceX oOmacTsx Tena. Eciu ObI He 9Ta CIOCOOHOCTH SHIOTENIHAIBHBIX
KJICTOK PACIIUPSITh U BOCCTAHABINBATH CETh KPOBEHOCHBIX COCYIOB, POCT TKaHEH U MPOLECCHI 3a)KUBIICHHS OBUIH ObI HEBO3MOKHBI.

Camble KpyIHBIE KPOBCHOCHBIC COCYZBI - 3TO apTEPHU M BCHBI, HMCIOIIHE TOJICTYIO IPOYHYI0 CTCHKY M3 COCAMHUTEIBHON TKAHH M TNIAIKON
Myckynatypsl (puc. 17-11, A). DTa cTeHKa BBICTIAHA W3HYTPU UPE3BHIYAIHO TOHKUM OJHHOYHBIM CIOEM JHAOTEIHANBHBIX KJICTOK, KOTOPBIA OTAENIEeH OT
OKPYIKAIOIIHX CJI0eB Oa3anbHOW MeMOpaHoi. ToIMHa COeANHUTEIBHOTKAHHOTO
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Puc. 17-11. A. Y4acTok CTeHKU Majloi apTepHH (CXeMaTHUECKHIi TONepedHbIi pa3pes). DHA0TeNnaIbHbIe KICTKH, HECMOTPS Ha UX HEIPHMETHOCTD,
SIBJIIIOTCSI BAXKHEHIITIM KOMIIOHEHTOM CTeHKH. CpaBHUTE CO CTPOCHHEM Kalmuisipa Ha puc. 17-12. 5. Ilepepe3annas aprepuona (Mukpogororpadus,
TOJTyYCHHAs! C OMOILBIO CKAHUPYIOIIETO 3JIEKTPOHHOTO MUKPOCKOIA). MOXHO BUIETh BHYTPEHHIOIO BBICTHIIKY M3 SHIOTEIHAIBHBIX KJIETOK, 3 BOKPYT HUX -
CJIOi T1aAKOI MyCKYJIaTyphl M BOJIOKHHCTOM COSIMHUTEIbHON TKaHHU. DHAOTENHUI cOCyAa cOOpaH B CKIIaIKH BCIIEACTBUE HEOOIBLIOTO COKPAILICHUS
MBIIEYHOTo cost. [Ipyu ¢pukcaruy npenapara 3HAOTENHUH, CKaBIINCH, HECKOJIBKO OTOIIEN OT OCTANBHEIX CIIOEB, U 3[1eCh 00pa3oBanach y3kas menb. (b- R. G.
Kessel, R. H. Kardon, Tissues and Organs: A Text-Atlas of Scanning Electron Microscopy. San Francisco: Freeman, 1979.)

M MBIIICYHOTO CJIOEB CTEHKH BapbHPyeT B 3aBUCHMOCTH OT JHMaMeTpa W (QyHKIHH COCyJa, HO SHAOTENHalbHasl BBEICTHIIKA uMeercs Bcerna (puc. 17-11, B).
CTeHKH TOHYANIINX Pa3BETBICHUN COCYMCTOTO JEPEBA - KAITHIUIAPOB U CHHYCOUJIOB - COCTOST TOJIBKO M3 SHIOTEINANBHBIX KIETOK U 0a3aibHON MEMOpaHEbI
(puc. 17-12). Takum 00pa3oM, SHIOTEIHANBHBIC KIETKH BBICTHIIAIOT BCIO COCYIHCTYIO CHCTEMY - OT CepAlLia 0 MEIbYalnX KanWULIPOB - M YIPABISIOT
IIepexoJIoM BEIIeCTB (a Takke JEeHKOIUTOB) M3 TKaHeil B KpoBb M oOparHO. bomee Toro, m3ydeHne >MOPHOHOB IIOKA3aj0, YTO CaMU apTEPHH U BEHBI
Pa3BHUBAIOTCS U3 MPOCTHIX MaJIBIX COCY/IOB, HOCTPOCHHBIX HCKIIOUHTEIBHO U3 SHIOTEHAIBHBIX KIETOK 1 Oa3aabHON

Mpoceer
KanunnApa

Puc. 17-12. [Tonepeunslii cpe3 y3KOro Kamuisipa Ta MOKEIyI04HOIT xkene3bl (3nekTpoHHas Mukpodororpadus). CTeHka 00pa3oBaHa 0JHON IHIOTEITHAIBHON
KIIETKOMH, OKpyKeHHOU 6azanbHOil MeMOpanoii. OOparute BHUMaHue Ha Menkue (80 HM) «TpaHCIUTO3HBIE) ITy3bIpbKH. IIpeanonaraercs, 4To oHH
obecreunBaoT IePEeHOC MAKPOMOJIEKYJI Yepe3 CTEHKY TAKOTO KaIMILISIPa: MOJIEKYJIbl 3aXBaThIBAIOTCS B Iy3bIPKH Ha IIOBEPXHOCTH KIIETKH, OOpaIlleHHOM B
MPOCBET COCY/a, W BEIBOAATCS MYyTEM IK30IIUTO3a HA HAPYKHOM moBepxHOCTH (1wn Hao6opoT). (R. P. Bolender, J. Cell Biol., 61, 269-287, 1974. C
paspemenus Rockefeller Univ. Press.)
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MeM6paHI>IZ COCIMHUTCIIbHAA TKaHb W TJIaJKas MYCKyJlaTypa Tam, rA€ 3TO HYXKHO, ,HO6aBJIﬂ}0TC$I TO3/IHEE TOJ] JEHCTBUEM CHTHAJIOB OT IHAOTEIUATBHBIX
KJICTOK.

17.3.5. HoBble 3H10TEIHA/IbLHBIE KJIETKH 00pa3yl0TCsl MyTeM NPOCTOro JeJeHUs CYyIeCTBYIOIIUX JHA0TeTHAIbHBIX KIETOK
[13]

Bo Bceil cocyaucToil cucteme B3pOCIOTrO OpPraHM3Ma dHAOTEIMAIbHBIC KICTKH COXPAHSIOT CIIOCOOHOCTh K IENCHHIO M IepenBrkenuio. Ecmm,
HaIpHMep, yJaCTOK CTCHKH aOpTHI Oy/eT IOBPEXKACH U JIMIIUTCS CBOSH SHIOTENHAIPHON BBICTHIIKY, B OKPYXKAIOIEM SHIOTENIMH 00pa3yloTCsi HOBBIC KIICTKH,
KOTOpBIE IEPEMENIAIOTCS TaK, YTOOBI HOKPHITH HOBPExkIEHHOE MecTO. HOBBIE KIETKM CIOCOOHBI aXke MOKPBIBATh BHYTPEHHIOIO MOBEPXHOCTH IIACTHKOBBIX
TpyOOK, HCIIOIB3yeMbIX XUPYPraMu JJIsI 3AMCHBI IOBPEKICHHBIX YaCTeH KPOBEHOCHBIX COCYIOB.

Tponmdepanmio SHAOTENHATEHBIX KIETOK MOXKHO TPOEMOHCTPHPOBATH TyTeM Meuenns ux B dase S *H-tmmmmunoM. B HOpMAmbHBIX cocyaax
JIOJISl DHAOTENNATBHBIX KJIETOK, BKIIOYAIOIIUX METKY, OCOOCHHO BBICOKA B MECTaX Pa3BETBICHHs apTepuil, rae TypOyJIEHTHOCTh IOTOKA KPOBU YCKOPSIET
U3HOC DHAOTEIHAIBHBIX KIETOK M TEM CaMbIM, II0-BHAUMOMY, CTHMYJIHPYET UX OOHOBIICHHE. B menom, ogHaKo, 5TH KIETKU OOHOBIISIOTCS OYEHb MEJICHHO:
BpEMsl AKU3HU KIETKU U3MEPSIETC MECALIaMH N [aXe TOJaMu.

OH/I0TENNAJIBHBIE KIETKH HE TOJIBKO BOCCTAaHABJIMBAIOT BBICTHIIKY CYILECTBYIOIIMX KPOBEHOCHBIX COCYJIOB, HO U CO3/IalOT HOBBIE COCY[bl. JTO
00s13aTeNIPHO JOIDKHO IPOHCXOAUTH Yy 3apOJbIIIA, YTOOBI COCYAHCTas CeTh HE OTCTaBada OT POCTa Tela, W B TKAHSAX B3POCIOTO OPraHH3Ma, KOTOpPBIC
MOJBEPratOTCs UUKIMYECKUM IIEPECTPOMKAM, a TAKXKe IPU 3aKUBICHUM PaH.

17.3.6. HoBble kKanu/asipbl 00pa3yoTcs KaK OTBETBJIEHHUS CyLIeCTBYIOLINX cocyaoB [14, 15]

HoBsle cocyzpl cHauaga BO3HUKAIOT KaK KallMULIPbI, KOTOPble OTBETBIAIOTCS OT YK€ MMEIOIIMXCSl MEJIKHX COCYIOB. DTOT IMPOIIECC AHTHOTeHe3a
IpeICcTaBIseT COO0H peakIHio Ha cueuuIeckue CUruaabl. Ero MOXKHO JIerko poAeMOHCTPUPOBATh y KPOIHMKOB. B yxe kponika IpoKaiblBaloT HeOOIbIIOe
OTBEPCTHE M € 00EHX CTOPOH YKPEIUIAIOT HOKPOBHBIC CTEKJIA, YTOOBI MOIYyYHIIaCch y3Kas KaMepa ¢ HPO3payHbIMHU CTEHKAaMH, B KOTOPOH MOTYT pacTH KIETKH,
OKpY’KaloIl[he pany. Y 100HO Takke HaONI0AaTh AaHTHOTEHE3 B TAKUX MPO3PAUHBIX CTPYKTYypaX, KaK POroBHIIA I71a3a. Pa3apaxeHne poroBHUIbI BEI3BIBAET POCT
HOBBIX KPOBCHOCHBIX COCYJIOB OT €¢ 000/Ka, OOMIBHO CHa0kaeMOro KpOBbIO, [0 HATPABICHHUIO K LIEHTPY, I¢ B HOPME COCYI0B IOUTH HeT. Takum oOpaszom
MPOMCXOUT BaCKYJISIPU3ALMs POTOBHILBI B PE3yIbTaTe IPOPACTAHUS IHAOTSIHAIBHBIX KJIETOK B €€ IVIOTHYIO, OOraTyro KOJIareHOM TKaHb.

Mpocaer
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Puc. 17-13. HoBblif KpOBEHOCHBIN KamuuIsAp 00pa3yeTcs MyTeM «OTIOYKOBBIBAHHS» SHIOTEIHAIBHOM KIETKH OT CTCHKH CYLIECTBYIOLIETO MAJIOr0 COCya.
Orta cxeMa OCHOBaHa Ha HAOJIIOJCHUAX HAJl KJIETKaMH B IPO3pavyHoM xBocTe skuBoro rojosactuka. (Ilo C. C. Speidel, Am. J. Anat., 52, 1-79, 1933.)



Puc. 17-14. B sHIOTeIMaNbHBIX KIIETKAaX, PAaCTyIIUX B KyJIbTYpE, CIIOHTAHHO BO3HMKAIOT BaKyOJHM, KOTOPBIE COCIMHAIOTCS, 00pasys CeTh KaNMLIAPHBIX
Tpy6ouek. Ha ¢oto 4 a b mpencraBieHsl MoCieqOBaTeNbHbIE CTaAuK 3Toro npouecca. Ctpenkoi (4) yka3aHa BaKyolslb, IMOSBHBILASCS CHadyanda B OJHOU
SHIOTENHANBHON KileTke. KyIbTypsl NMPOU30IUIM OT IPYNH U3 JBYX-YETHIPEX JHIOTENUANBHBIX KIETOK, B3ATHIX U3 KOPOTKHX OTPE3KOB KAMMILIIpa. DTH
KJICTKH CauATCs Ha IOBEPXHOCTh KYJIbTYPAIbHOH WYalllKM, TOKPBITYIO KOJUIAr€HOM, M (OpMHUPYIOT HEOOJBIIYI0 PACIUIACTAHHYIO KOJIOHHIO, KOTOpas
MOCTETICHHO YBEIMYUBACTCS O Mepe mpoiudepannn kietok. Komonus pacmpocTpansieTcsi Mo 4aiike, H B KOHIE KOHIOB (mpumepHo depe3 20 maHeil) B
[EHTPAIBHBIX yYacTKaX HAYWHAIOT (POPMHPOBATHCS KaHMIUIIPHBIE TPYOKH; BCKOPE MOSBILIIOTCS U OTBETBICHHUS, a eme depe3 5-10 qHel yke MOXKHO BHIETh
obumpHyto cetb Tpyook (B). (. Folkman, C. Haudenschild, Nature, 288, 551-556, 1980. Copyright Macmillan Jornals Ltd.)

Taxoro posa HaOIIOAEHUS OKA3bIBAIOT, YTO SHIOTEHAIBHbIC KIETKH, KOTOPBIE B OymymeM cOpMHUPYIOT HOBBIH KallHILIIP, OTPACTAlOT OT CTCHKH
CYILIECTBYIOIIETr0 KaNWUIIpa WM HeOOJNBIION BEHYJIbI, BBITYyCKas CHadala TOHKHME IMHHbIC mnceponomuu (puc. 17-13); 3aTeM oOpasyercs MacCHBHBINA
OTPOCTOK, KOTOPBIil 103)KE CTAHOBUTCS MOJBIM H IPEBpaIIacTcss B TPyOKy. DTOT OTPOCTOK MPOAOIDKACT yIIMHATHCSA A0 TEX IOP, IOKA HE BCTPETUT JAPYroi
KaluIsip, ¢ KOTOPHIM OH COEAMHSIETCS, CO3/aBasi IMyTh JUIS IMPKYJIIHMU KpoBH. Kak moka3anu ONBITEI Ha TKAHEBBIX KyJIbTypax, B Cpele, COmeprKamiei
HOJIXOJISIIIE POCTOBBIE (haKTOPBI, SHAOTEHAIBHbIC KICTKH CIOHTAHHO 00pa3yloT KalMLIApHbBIC TPYOOUKH JaXKe B YCIOBUAX M3OJALUM OT KJIETOK KaKHX-
6o apyrux tumoB. [lepBeiii mpu3HaK oOpa3oBaHMS Takoil TPYOOYKH B KyJBTYpe - ITO MOSBICHHE B KICTKE YIMHCHHOW BaKyolH, KOTOpas BHAaJaie
MIOJIHOCTBIO OKpY)XKeHa IuTomIasMoi (puc. 17-14, A). Takue e BakyolIM BO3HHKAIOT B COCEJHUX KJICTKaX M B KOHIIC KOHI[OB BBICTPAUBAIOTCS KOHIIOM K
KOHIly TaK, YTO CIMBAIOTCS B OJMH KaIWUIApHBIA kaHan (puc. 17-14, B). Kanwuisipel, oOpa3yromuecs B 4UCTOH KyJIbType SHAOTEIHAIBHBIX KIETOK, HE
coJiepyKatT KpoBH, U [0 HUM HE TPOTEKAaeT HUKaKast )KMAKOCTh. OueBHIHO, TOK U JaBICHUE KPOBU HE HYKHBI 1711 QOPMUPOBAHUS KANULIAPHON CETH.

17.3.7. PocT kanuJUISIPHO# ceTH peryJupyIoT (pakTopbl, Bblje/sieMble OKPYKAIOIUMH TKaHsAMH [15]

B xuBOM opraHu3Me SHIOTENHANbHEIE KISTKH 00pa3yloT HOBBIE KallLLIPHI Be3Ze, I/Ie B HUX €CTh HanoOHOCTh. [lo-BHANMOMY, KOTa KIIETKaM B
TKaHAX HEJIOCTACT KHUCIIOPOJa, OHU BBICIAIOT aHTMOTeHHbIE (haKTOPBI, NIYLUPYOIIHUE HOBBIH POCT KaMMLIAPOB. BeposATHO, IMEHHO T10 3TOW NMPUYNHE HOYTH
BCE KJICTKH y II03BOHOYHBIX HAXOAATCS He Aanblre 50 MKM OT Kanwuripa. ToYHO Tak ke ¥ IPH 3aKUBJICHUH PaH B yJacTKe, IPUMBIKAIONIEM K ITIOBPEKACHHOH
TKaHHU, IPOMCXOAUT KPaTKOBPEMEHHas «BCIIBIIIKA» pOCTa KammuiipoB (puc. 17-15). MecTHOe pasipaxkeHHe W MecTHas MH(EKIUS TOXE BBI3BIBAIOT
nporQepanyo HOBBIX KalMLIAPOB, a KOIJa BOCMAJICHHE IPOXOJNT, MHOTHE U3 BHOBb 00Pa30BaHHBIX KaNMLIAPOB IPETEPIEBAIOT 0OpPAaTHOE Pa3sBUTHE H
MOCTETICHHO UCYEe3al0T.

AHTHOreHe3 BaKeH Taloke IpH pocTe omyxond. OmyXonb, pacTymas B BHJAE IUIOTHOM MAacChl, OCTaeTCsi OUYCHb HEOONBINO, Moka He OyzmeT
obecrieueHa kammuisipamMu. be3 cHaOXeHWs BHYTpEHHEH 4YacTH KpPOBBIO OHa CyIIECTBOBaia Obl TOJBKO 3a cueT AU((Y3MH NHUTATENBHBIX BEIIECTB C
nepudepur U MO3TOMY He MOIIa Obl yBEIHYHBATHCSA OOIbBIIC YeM [0 HECKONBKHX MIJUIMMETPOB B guaMerpe. s mampHEHIIero pocra OMyXOnlb JODKHA
HMHIYIHPOBATh 00pa30BaHUE KAMIUIIPHOH CeTH, KOTOpas IIpopocia ObI
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KoHTpons L 60 4 nocne nospexaeHuA [
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Puc. 17-15. Cnenku KpOBEHOCHBIX COCYAOB Kpasi POTOBHIIBI, TOKA3bIBAIOIINE PEAKLUIO Ha MOBPEXIeHUE (MUKpodoTorpaduu, noiydeHHbIe C TOMOIIBI0
CKaHHUPYIOIIETO YIEKTPOHHOr0 MUKpocKora). CIIeTIKH clieTaHbl ITyTeM HHBEKIUU B COCYIbI CIICANBHON CMOJIBL, KOTOpast 1o3xke 3aTBepAeBaet. [Ipu stom
BBISIBIICTCS (hOpMa TIPOCBETA, HO HE BHEIIHUE OYepTaHus KiIeTok. Yepes 60 4 mociie paHeHUst MHOXKECTBO HOBBIX KallMJUIIPOB HAYMHACT OTPACTATD 110
HAIPABICHUIO K OBPEKICHHOMY Y4acTKy (4yTh BBIIIC BEPXHEro kpas (poto). X OpHEHTHPOBAHHBIN POCT OTPaXKaeT XEMOTAKCHICCKYIO PEAKIIHIO
9HJOTEIHAIIBHBIX KJIETOK Ha aHTHOTeHHBIH (akTop, BEIAEIsIeMbli B obiactu pansl. (C mobeszHoro paspemenus Peter C. Burger.)

B OIyXOJICBYIO Maccy. MalleHbKUI KyCOYeK Takoii OIyX O, epecakeHHbIil B POrOBHUILLY, BBI3BIBAET OBICTPBIi POCT KAIMMJLISIPHBIX COCY/IOB B HANPABICHHU OT
BACKYJSIPHOTO Kpast K UMILTaHTarty (puc. 17-16), 1 CKOPOCTH PoCTa OIyXO0JIM PE3KO BO3PACTAET, KaK TOJBKO COCY/BI JOCTUTHYT €.

Bo Bcex 9THX Cilyuasx BHEADSIOLIMECS JHAOTEIHAIbHbBIC KISTKH JOJDKHBI OTBEYaTh HA CHUTHAJ, KOTOPBIA MOJAET TKaHb, TpeOyroluasi MPUTOKa
kpoBu. OTBET HAOTEIMANBHBIX KICTOK MMEET I10 KpaifHeil Mepe TPH COCTaBISIOIMX. BO-NEPBBIX, KIETKU JOJDKHBI IIPOABIPIBUTD 0a3albHYI0 MeMOpaHy
BOKDYT CYIIECTBYIOLIEr0 KPOBEHOCHOrO cocyza. IIoka3aHo, 4TO SHIOTEIHANBHBIC KICTKH BO BPEMs AHTHOTEHE3a CCKPETHPYIOT npomedsvl, HAPHMED
aKmueamop nia3MuHo2end, KOTOpbIe MO3BOJISIIOT UM «IIPOeaTh» cebe IyTh B GazaibHOM MeMOpaHe POJMTEIBCKOrO KallWUIApa MM BEHYJNbl. BO-BTOpBIX,
SH/IOTENHAIBHBIC KIECTKH JOJDKHBI IBHIAThCsl B CTOPOHY MCTOYHHKA CHTHAIA. B-TpeThHX, OHHM JOJDKHBI JETHTHCS. [IpH onpeieieHHbIX 00CTOATENBCTBAX OIUH
WM JIBa W3 3THX TPEX KOMIIOHCHTOB OTBETa MOTYT OBITH BBI3BaHBI B OTCYTCTBHME Npyrux. Hampumep, MHOTIa HOBBIC KaNMJLUIAPBI 00pa3yroTCs axe HpH
Giiokae npoudepannn SHAOTEIHAIBHBIX KIETOK 00iydeHreM. [Toka3aHo TakKe, 4TO KaKOH-TO (pakTop, HaXOSLIMIACS B PAHEBOM JKHUAKOCTH, HPHUBIEKACT
9H/IOTENHAIBHBIC KJIETKU U MOOYKIAeT HX K CeKPELUU [POTeas, He CTUMYIHPYsl, OHAKO, IIPOIH(epaLHIo.

Jpyrue (akropsl crOCOOHBI BBI3BATh BCE TPH KOMIIOHCHTA PEAKLMH SHIOTEIHATIBHBIX KICTOK. TakOBBI, HAIPUMEp, KUcCawlil ¢akmop pocma
@ubpobnacmos (xucnsiii OPD) u ocnosnoii pakmop pocma pubpobracmos (ocHopHoit PPD). D1 nBa Genka, KOTOpble OBUIM HE3aBUCHUMO BBINCJICHBI U
OYHILEHbl U3 HECKOJNbKHX PA3INYHBIX HMCTOYHHKOB M TMOJTOMY H3BECTHBI M IO PA3HBIMH APYTMMH Ha3BaHHSAMH, CXOAHBI MO AMHHOKHCIOTHBIM
nocnenosareabHOCTsIM (55% romonorun). IIOMHMO CHIIBHO BBIP@KEHHOTO ACHCTBHS MX Ha JHIOTEIHAIBHBIC KICTKH OHH CTHMYJIHPYIOT NPOIH(EpaLHio
(uOpobIacTOB M KIIETOK psijia APYTUX THIIOB, @ TAK)XKE CIy’KAT BXXHBIMU PETYJIATOPAMH PaHHEr0 SMOPHOHAIBHOIO pa3suTus (pasx. 16.2.3). Kakue kietku ux
BBIIEISIOT, HE BIIOJNHE SCHO. KJIETKM MHOTHMX THIIOB, BKIIOYas MakpoQard, Ty4Hble KIETKH M JKHPOBBIE KJIETKH, MOTYT BBIACIATh W APYrHe BELIECTBa,
JEliCTBYIOIIE KaK aHIMOTCHHBIC (haKTOPBI B MEPHOJ 3aKHMBICHMS, POCTAa TKAHH MM BOCHAJCHHUS. AHTMOIEHE3, TaK )K€ KaK M MHbIC MPOLECCHl KICTOYHOM
nposrQepanyy, peryupyercs He KAKUM-TO OJMHOYHBIM CHI'HAJIOM, a CIIOKHBIM (M, BO3MOXKHO, H30BITOYHBIM) KOMILIEKCOM CHIHAJIOB.
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3akioueHune

VY noseonounvix 60abwUHCMEO nONYAAYULL OUDDEPeHYUPOBAHHBIX KNEMOK NOOBEPHCEHO
o6noenenuio. B nekomopuix ciyyasx nonHocmoio oughgepenyuposanvle Kiemku npocmo Oensimes,
o6paszys  OovepHue Kiemxu mozo dice muna. Illpumepom mozym cayducumv - cenamoyumol
(neuenounvie Kiemxu), CKOPOCMb PASMHONICEHUs KOMOPBIX Pe2yIupyemes. makum oopasom, umoowl
noodeporcusams Hyx*CHOe 0bwee ux Koauvecmeo. Eciu snawumenvhas yacme newem paspyutena,
CKOpOCIb  OelleHus OCMASUIUXCA 2enamoyumog eospacmaem Ons 6ocnonHenus nomepu. Ho
soccmanoenenue unoz20a Ovieaem HecOANAHCUPOBAHHBIM, HANPUMED, KO20A 6 MHO2OKPAMHO
nospescoaemoll nevenu QGuoOpoOIACMbl HAYUHAIOM PACMU CIUWKOM ObICIMPO NO CPAGHEHUIO C
2enamoyumami, NeYeHOYHAas MKAHb 3amewjaemcs uoPo3Ho.

Onoomenuanvnvie Kiemku — 00pazyiom — OOUHOYMBI  CIOU,  GLICUNAIOWUL  BCE
KPOBEHOCHbIE COCYObl U pecylupylowull 0OMeH 8eujecmeamu Mexncoy KpOBblo U OKPY*CAIOUUMU
mxanamu. Hoevle kposenocHbie cocyObl paszgusaiomcs U3 cyuwecmsyouux Meakux cocyoos 6 euoe
8bIPOCINOE IHOOMENUANLHBIX KIEMOK: MU K1emKu CnocoOHbl 06paz0ebleans noivle KanuuispHole
mpybouku Oadce npu pocme 6 Kynomype. B ocusom opeanusme ucneimvigaioujue KuciopooHoe
207100aHUe U NOBPEIICOEHHbIE MKAHU CIUMYIUPYIOM AH2UOEHE3, 6bl0eIAA AH2UO2eHHbLe (PAKMOPD,
Komopele npueiekaiom  Onuznexcawue IHOOMenuanbHble KIemKu U CHUMYAUpyIom ux K
nponugepayuu u evideienuio npomeas.

17.4. O0HOBJIeHMe 32 cUeT CTBOJIOBBIX KieTok. [Ipumep: snuaepmuc [8, 16]

TlepeiinemM Ttenepb OT KICTOYHBIX MOMYJIALMNA, OOHOBIISIOIIMXCS IYTEM IPOCTOrO
YIBOCHHSI CBOMX KJIETOK, K TaKHM, KOTOpbIE OOHOBISIOTCS 32 CUET CTBOJIOBBIX KJIETOK. DTH
MOMYJISIUK CHUJIBHO pa3IMYaloTCs HE TOJBKO IO CBOMCTBAM CaMUX KIETOK M CKOPOCTH HX
3aMEIIEeHNs, HO U IO IPOCTPAHCTBEHHON OpraHM3allMM 3TOro Ipouecca. Hampumep, B BBICTHIIKE
TOHKOTO KHUIIEYHHKA KJICTKH O00pa3yloT OJHOCIONHBIA SIUTENNHd. DTOT SHHTEIHH MOKpHIBaeT
TIOBEPXHOCTh 60PCUHOK, BBICTYNAIOIIHX B IIPOCBET KHIIKH, U OH K€ BBICTUJIAET IIyOOKHUE Kpunmeot,
yXOISIIME B TONIIYy HOAJexKameil coeamHutenbHOW TKaHu (puc. 17-17). CTBOJOBBIE KIIETKH
HaXOMATCS B 3ZalUINCHHOM Mecre B riaybuHe kpunt. JuddepeHnnpoBaHHbIe KIETKH,
obpasylolyecs U3 CTBOJNIOBBIX, BBIHOCATCA B pE3yJbTaTe CKOJBXKEHUS HX B IUIOCKOCTH
SMUTENHANBHOTO CIIOSI HaBepPX, II0Ka He JOCTHIHYT OTKPBITOH IOBEPXHOCTH BOPCHHOK, C KOHYHUKOB
KOTOPBIX OHH B KOHIIE KOHIIOB CIIyIIUBAIOTCS. IIpMepoM coBCceM HHOTO IPOIecca MOXKET CIY’KHTh
KOXa: onudepmuc TPEICTABISIET CcO00H MHOTOCIHOMHBIA dmuTeanit, u auddepeHIUpyomuecs
KJIIETKH IepeMeIaloTcsl OT MecTa UX 00pa30BaHUs B HAIPABICHUH, HEPHCHIUKYIIPHOM IIOCKOCTH
KIIETOYHBIX CIIOEB. B KpPOBETBOPHBIX TKAHAX IPOCTPAHCTBEHHAs KapTHHA 0Opa30BaHMS KIETOK
CJIOKHA M BBINIAAUT XaoTH4HOW. Ho mpexne yem yrayOnarbcs B JaibHEimMe mnoapoOHOCTH,
TIOCMOTPHM, YTO IPEJCTaBIACT COOOH CTBOIOBAS KICTKA.

17.4.1. CTBOJIOBbIE KJETKH 00/1a12I0T CIOCOOHOCTHIO HEOTPAHMYEHHO
JeJIMThCA M 1aBaTh JM(¢epeHIMPOBaAHHOE TOTOMCTBO [17]

JUi1s1 CTBOJIOBOI! KIICTKH OIPEEIIAIONMM OyIyT CICyOIIe CBOHCTBA:

1) ona cama He SIBJISCTCSI TEPMHHATIBHO AU(GHEpPEHINPOBAHHON (T. €. HE MPOLUIa MyTh
i depeHIUPOBKY 10 KOHIIA);

2) oHa cnocoOHa K HEOIPaHMYECHHOMY JeJeHHIO (10 KpaifHell Mepe B TEUCHHE JKM3HH
OpraHusma);

3) mpu ee JeneHHH KakJas [OYCpHsA KJIETKAa CTOUT Iepel BBIOOPOM - OCTaThCs
CTBOJIOBOH KJIETKOM, KaKoif OblIa pOUTEIbCKAsl, MM BCTATh HA
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A b
Puc. 17-17. A. Cxema 0OHOBJICHHS KJICTOYHO! MOMYJLILUM B BHICTHIIKE TOHKOM KHIIKH 32 CUET MPOJIr(epalni CTBOIIOBBIX KIETOK. b. Y4acTok cpesa, Ha
KOTOPOM MOXKHO BUJICTh BOPCHHKH U KpUNTHL. OOpaTuTe BHUMaHHE Ha CBETIbIe OOKATOBUAHBIE KICTKH (OHH BBLICTAIOT CIM3b), Pa30pOCAHHbIE B ITHTECINH
BOPCHHOK CPE/IM BCACHIBAIOIINX KJIETOK CO IIETOYHOI KaeMKoii. CM. Takoke puc. 17-9, rie mokasana cTpykTypa 3tHx kietok. (C mobe3noro paspemenus Peter
Gould.)

IIyTh, HEOOPATHMO BeIyIIHi K OIHOU quddepenuposke (puc. 17-18).

CTBOIIOBBIC KJIETKH HY)KHBI B JII000OM MECTE, I/i¢ IIOCTOSHHO BO3HUKACT MOTPEOHOCTh B HOBBIX JU((EPEHIIMPOBAHHBIX KIETKAX, KOTOPBIC, OJHAKO,
CaMH JISTHTHCS He MOTYT. B psime TkaHell koHeuHOe cocTosHUE AU(GEPEHINPOBKH SBHO HECOBMECTHMO C KICTOYHBIM JAeneHHeM. Hampumep, simpa KIIeTok
MOTYT pa3pylIaThCsl, KaK 3TO IIPOUCXOJUT B HAPYKHBIX CIIOSAX SIHIEPMMCA, MM BBITAJKMBATBCA U3 KIETOK, KaK IPHU CO3PEBAHUM SPHUTPOLIUTOB Yy
MlekonuTaromux. MHOraa ocynecTBIeHHI0 MUTO3a M IUTOKUHE3a IPEMATCTBYET TO, YTO LUTOIUIa3Ma IJIOTHO 3aIl0JIHEHA TAKUM MaTepUaloM, KakK, HalpuMep,
MUOGUOPUILIBI MBIIICUHBIX KIETOK. B Apyrux tepMuHanbHO AudQepeHInpOBaHHbBIX KIETKaX HEBO3MOXKHOCTD JICICHUSI MOKET ObITh 00YCIIOBIICHA KAKUMH-TO
6os1ee TOHKUMH OMOXUMHYECKHMMH NIPHYUHAMH. B 11060M TakoM ciryyae 0OHOBIIEHHE OyIeT 3aBHCETh OT CTBOJIOBBIX KJIETOK.

CTBONIOBBIC KIICTKM HPEAHA3HAYCHBI HE JUIS TOTO, YTOOBI BBINONHATH OHPEACICHHYIO CICLHAIM3HPOBAHHYIO (YHKLHIO, a IS TOTO, YTOOBI
TPOM3BOAUTD KIICTKU C Takod (yHKimeil. [109ToMy CTBOJIOBBIM KJIETKAM 4acTO HE CBOWCTBEH KaKOW-TMOO XapaKTepHBIH BHJ, U TOT/IA UX TPYIHO OMO3HATH.
Ho »10 He o3Hauaer, 4To Bce OHM onMHakoBbl. He Oymyunm BHemHe auddepeHIMpoBaHbl, OHM TeM He MeHee demepmunuposansl (pasa. 16.2.8): kierka-
CaTeJUIUT B CKEJICTHOH MBIIIIE - KAK MCTOYHUK MBIIICYHBIX BOJIOKOH, 0a3aibHas KJIETKa SMUACPMUCA - KAK UCTOYHHK OPOTOBEBAIOLIMX SIUTEIMATIbHBIX
KIICTOK, CIIEPMAaTOTOHUS - KaK HCTOYHUK CIIEpPMHUEB, Oa3aiibHas KIEeTKa 000Hs-



Creonosan KnaTKa

TepMuHansHo
Puc. 17-18. Cyns0a MOTOMKOB CTBOJIOBO# KieTk. Kaxnas modepHss

AnchhepeHyMpoBaHHaR
KJIeTKa, 00pa3ylolascsi IpH JEJIEHUH CTBOJOBOWH KIIETKH, MOXKET OCTAaThCs KNeTKa
TAK)XE CTBOJIOBOM, a MOXET MOWTH IO IyTH, BEAYLIEMY K TE€PMHHAJIBHOM
nmuddepeHunpoBKe.

TEJIHOTO SIMTENHs - KaK HCTOYHUK OOOHATENBHbIX HeWpoHoB (puc. 17-19) u 1. n. CTBOJIOBBIE KJIETKH, IOPOXKAAIOIIUME TOJIBKO OJHMH BHI
1 depeHIMPOBAHHBIX KJIETOK, HA3BIBAIOT YHUNOMEHMHbIMY, @ TE, KOTOPBIE MOPOXKIAIOT HECKOIBKO UX 61006 - NIIOPUNOMEHMHBIMU.

Ilpu u3y4yeHun TKaHei, 0Opa3yIOIIMXCsl U3 CTBOJIOBBIX KJIETOK, BO3HHKAET MHOI'O CEPhE3HBIX BOIPOCOB. YeM ompernensercs, OyIeT Ju AaHHas
CTBOJIOBAsl KJIETKA [EIMTBCS WM OCTAaHETCS B COCTOSHHM IOKOsA? OT 4ero 3aBHCHMT, CTaHET JIM JOYCPHss KJIETKa TOXE CTBOJOBOM HJIM HauHET
muddepenmpoBatbea? 1 ecnmu oHa BCTynuT Ha IyTh AU(GEPEHIUPOBKH, TO YeM ITOT Ipouecc OyneT peryaupoBarbcsa? MBI HAYHEM PAacCMOTPEHHE C
SMHUASPMHCA, TAK KaK €ro NpocTast IPOCTPAHCTBEHHAs OpraHU3aLys o0neryaer n3yuyeHne OHOJIOTHH €ro CTBOJIOBBIX KJIETOK U CYABOBI HX IIOTOMCTBA.

17.4.2. Sumaepmuc noapasaesieH Ha npoandepaTuBHbIe eANHUNLI [18, 19]

OnuaepManbHbIl CIOH KOXM U SIHUTEIHaIbHAs BBICTUIKA NHUIIEBAPHTEIFHOTO TPAKTa - 9TO [ABE TKaHH, HanOoJee IOJBEPIKCHHBIC MPSMBIM
TOBPEKJIAIOIINM BO3/ICHCTBHAM CO CTOPOHBI BHENIHEro Mupa. B obemx TkaHsx 3pensie nud@epeHINpoBaHHbIE KIETKM OBICTPO CHAIIMBAIOTCS B CaMBIX
YA3BHMBIX YYacTKaX M TakK ke ObICTPO 3aMEINAloTCs B Pe3yJIbTaTe npoiudepanyuu Menee 1u(pdepeHIIMPOBaHHbBIX KIETOK, HAXOAAIMXCS B Ooee 3aluIeHHbBIX
MecTax.

INHUAEPMHUC - 3TO MHOTOCIIOHHBIN SIUTENNH, COCTOAIINIT B OCHOBHOM U3 KepamuHoyumos (Ha3pIBAEMBIX TaK IIOTOMY, YTO XapaKTEPHOH YepToit nx
I EepeHIMPOBAHHOIO COCTOSHUS SABJIACTCSA CUHTE3 KepathHa) (puc. 17-20). OT ci1os K CIIO0 3TH KIETKU M3MEHSIOT CBOH BHemHM Bu. Camblil riry6okuii
U3 BHYTPCHHHX CJIOEB 00pa3oBaH Oa3anbHbiMu Kiemxami. B 0CHOBHOM MMEHHO 9TU KJISTKH ACIATCA ITyTeM MuTo3a. Haj Ga3anbHBIMEU KIICTKAMH HAXOAUTCS
HECKOJIBKO CIIOEB OoJiee KPYNHBIX wunogamuix kiemox (puc. 17-21). Takoe Ha3BaHME OHH NONYYIIN ONaromapsi CBoeMy BHAY Ha IIperaparax A CBETOBOI
MHKPOCKOINH: UX MHOTOYHCIICHHBIE JECMOCOMBI C OTXOJSAIIMMU OT HHUX TOJICTBIMM IyYKaMH KEPATHHOBBIX BOJIOKOH €/BAa PAa3IMYMMBl U BBINIIAT Kak
KPOILICYHBIC IIHMITBI HA MOBEPXHOCTH KJIETOK. BBHIIe MIMIIOBATHIX KICTOK JISKUT TOHKHUH CIIOI 3epHUCTBHIX KIEeTOK (puc. 17-20); oH 00pa3yeT rpaHuily MEXIy
BHYTPEHHEH MeTaboNM4ecKy aKTUBHOH 30HOH M CaMbIM Hapy)KHBIM CJIOEM, COCTOSIIIINM M3 MEPTBBIX KJIETOK, B KOTOPHIX BCE BHYTPHKJICTOYHbIC OPTaHEIIIbI
Ucues3Iu. DTH Hapy)XKHbIC KIETKH PEIyLHMPOBAHbI 10 IUIOCKHMX Yeusyek, 3alloHEHHBIX IUIOTHO yIMAaKOBAaHHBIM KepaTHHOM. Ha moBepXHOCTH, 0OpalieHHOH K
LUTOIUIA3ME, IIa3MaTHYECKHE MEMOPaHbI YelIyeK ¥ HapYKHBIX 36PHUCTHIX KJIETOK YKPEIUICHBI TOHKUM (12 HM), )KECTKHM CIIOEM

Puc. 17-19. Cxema  cTpoeHHs  OOOHSTENBHOrO  OIUTENHS,
CIENMATU3UPOBAHHOIO UL BOCIPHATHS 3allaXxoB. 3[eCh MOXKHO

Pa3IMYUTh TPH THIIA KIETOK: ONOpPHBIE KIETKU, Oa3albHbIE KISCTKH U
OOOHsATENbHBIA ~ HeWpoHbl. Kak  I1OKa3pIBAlOT  3KCHEPUMEHTH  C
IOpHMEHEHHeM paauoaBTorpaduu, Oa3albHble KIETKH  SIBIIAIOTCS
CTBOJIOBBIMH: M3 HUX 00pa3yroTcs 0OOHSATENbHBIE HEHPOHBI. DTO peKoe
UCKIIIOYEHHE M3 MPaBHIIA, COTJIACHO KOTOPOMY HEHPOHBI MPEACTaBIAIOT

c000i1 mepMaHEeHTHbIE KJIETKU. Kaxaplii 00OHATENbHBI HEUPOH CIYXKUT

OKoIO0 Mecsmna (y MIEKONHTAIONINX), a 3aTeM 3aMeHseTcss HOBBIM. OT

KPYIJIO  «TOJIOBKM»  OOOHATENBHOTO HelipoHa orxomar 6- 8
BUJIOM3MEHEHHBIX PECHHYEK; KaK II0JaraioT, B HUX-TO U COAEPKATCs
peLenTophl Ul IMaXy4uX BEeHmIeCTB. AKCOH, HIAYIIMI OT JPYroro KOHIA  HasansHan
HelpoHa, nepenaer MHPpopManuio B Mo3r. Besikuii pas, korna 6asanpHast KNETKE
Ki1eTka auddepeHuupyercs B 000HATEIbHbINA HEHPOH, OT HEr0 0TpacTaeT rearen)
HOBEIIf aKCOH, KOTOPBIH 00pa3yeT HajIeKaIllue CBA3H B MO3TY.

BupouameHeHHbie
PECHUYKM

OBoHATENLHEIA
HERPOH
OnopHan kneTka

—_—

AxcoH [k moary)
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Puc. 17-20. CtpoeHue snuaepMuca cpeIHeil TONIMHE y MIEKOIUTAIONIEro (cxema) (CM. Takxke puc. 17-1). 3epHuCTBIe (TpaHyIIsIpHbIE) KICTKH HaXOIATCS
MEXK/Iy LINIOBATHIMU KJICTKAMH M YIUIOIEHHBIMY Yelryiikamu. OHH MPOXOAAT MPEANOCICHIO CTAJUI0 OPOrOBEHHS U COJEPKAT HHTCHCUBHO
OKpAIIMBAFOLIHECS TPAHYIIBI MATOM3YyYEHHOTO MaTepHaa - KePaTOrHainHa, y4aCTBYIOIIErO B YILIOTHCHHH U IIEPEKPECTHOM CIIMBAHNM KEPATHHA BHYTPH
ki1eTky. KepaTornaiiH B OCHOBHOM COCTOUT M3 Oenka ¢hunazepura. KpoMe KIeTOK, KOTOPBIM IPEICTOMT OPOTOBEHHE, B TITyOOKHX CIIOSIX 3MHAEPMHCA
HaXOJUTCs HEOOJIBIIOE YMCIIO KICTOK COBCEM HHOTO THIA (Ha CXeME HE MOKa3aHHBIX): 3TO Makpogaronoo0Hsie KiIeTku JlaHrepranca, IpouCcXoAsIue U3
KOCTHOTO MO3Ta; MEJIaHOLUTHI, MPOMCXO/ISIIIEC U3 HEPBHOTO rPeOHsT; KICTKH MepKeJs, CBS3aHHbIC C HEPBHBIMU OKOHYAHUSMH B STHICPMUCE.

C TIONEPEYHBIMH CIIMBKAMHU, COAEPXKAIIMM BHYTPHKJIETOUYHBIH O€noK wungomokpun. CaMu 4YellyHKH OOBIYHO HACTOJIBKO YIUIOLIEHBI, YTO TPAHHULBI HX B
CBETOBOM MHKPOCKOIE IOYTH HEPa3IMYHMBl; HO €CIM BBIACpXKATh mHpemapaT B pactBope NaOH, 5T xieTkH HecKONbKO HAOyXHYT, M TOTAA IIOCIE
HaJUIeXkKAIIeH OKPaCKH MOXHO yBUJETh (€CIH SIHACPMUC B JAHHOM yJacTKe TOHKHII) yJHBUTEIBHO HMPABUIBHYIO FE€OMETPHUIECKYIO KAPTHHY PACIIONIOKEHHUS
KJICTOK: YENIyHKM yJIOXEHBI 31eCh I'€KCaroHaJbHBIMU KOJIOHKAMH, KOTOpbIE aKKypaTHO CLEIUICHBI MexIy coboi kpasmu kierok (puc. 17-22). Illupuna
KOJIOHOK TaKOBa, YTO IOJA KaXJOil M3 HHX, B €¢ OCHOBAaHHM, HAXOJHTCA OKOJIO JAeCATKA Oa3albHBIX KJICTOK. OJTH KICTKH MOXHO IOIpa3geiuTh Ha
LCHTpAJbHEIE U IepH(epUIecKUe B COOTBETCTBUH C MX MOJIOXKECHUEM B OCHOBAaHHU KOJOHKH. Ilepueprueckue (HO He EHTpallbHbIE!) KISTKH

KepatuHoasie

hunameH Tei
4? {/
4]

[Jecmocoma, 1=
COROMHAMKIWLERA
ABE KNETKH

k5 mrm — OTkpbITeiA Kakan

Puc. 17-21. PucyHoK, cenaHHbIH 110 3JI€KTPOHHOMH MUKpodoTOorpaduu cpesa IHIOBATOH KISTKH duaepMuca (BbIAeIeHa [IBETOM). BuiHbI myuku
KEpPaTHHOBBIX HUTEH, KOTOPBIC IIPOHU3BIBAIOT LIUTOILIA3MY M HANPABILIIOTCS K AECMOCOMAaM, COSAMHSIONINM KIETKY ¢ ee cocensamu. OOpaTtuTe BHUMaHUE, Y4TO
MEKIy COCETHIMH KIIETKaMU €CTh OTKPBITHIC KaHAIIBI, II03BOJLIOIINE TUTAaTeIbHBIM BEIleCTBaM CBOOOAHO TH((OYHANPOBATH Yepe3 MeTa0OIHIECKU
aKTHBHBIE CJIOU 3MMAEPMHCA. Biiike K ero MoBepXHOCTH, Ha YPOBHE 3ePHUCTHIX KJIETOK, NMEETCS BOJOHEIIPOHULIAEeMBIi 6apbep, 00pa3oBaHHBII, 110-
BUAUMOMY, H30JIHPYIOIIUM BEIECTBOM, KOTOPBIH 3TH KJICTKH BBLICIAIOT U3 0c00BIX Iy3bIpbKoB. (R. V. Krstic, Ultrastruture of the Mammalian Cell: An Mas.
Berlin: Springer, 1979.)
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Puc. 17-22. [IponudepaTHBHBIC CAUHULIBL, HIX KOJTOHKH, B JITHICPMHICE TOHKON KOXKHU. DTa CTPYKTYpa BBIBILSIETCS MPH HAOYXaHUH OPOTOBEBIIHUX YCIIYEeK B
pactBope, coaepxkauieM NaOH. Takast opraHusanus B BUe KOJIOHOK CBOMCTBEHHA JIMIIb TOHKUM y4acTKaM JIUAEpPMHUCa.

MHOTIAa MOXKHO BHZETh B TOT MOMEHT, KOIZla OHM IIEPEXOAAT U3 0a3albHOrO CIOS HaBEpX, B CJIOH LIMMOBATHIX KIETOK. Kakaylo KOJIOHKY Ha3bIBAaIOT
nponudepaTHBHON eAUHULEH >muaepMuca. XOTs YIOPSIOYCHHAs] OPTaHU3AIMA B BUJAEC NPABHIBHBIX KOJIOHOK BBIBISIETCS TOJIBKO B HEKOTOPBIX YYacTKax
KOXH, OHA CITy’KHT XOPOIIei MILTIOCTpalyeil 00X IPHHIUIIOB OOHOBICHHS SIHACPMAIIBHBIX KIETOK.

17.4.3. B nuddepeHUupYyOMIMXCS SNHAEPMAIbHBIX KJIETKAX M0 Mepe UX CO3PeBaHMs MOCJIeA0BATEIbHO CHHTE3HPYIOTCS
pa3in4Hble KepaTHHBI [19]

TlepeiineM OT OnMMCaHHON CTATMYECKOW KapTWUHBI K AMHaAMMKe. LleHTpanbHas Oa3anbHas KJIETKAa KOJOHKU JIGJIUTCS, U HEKOTOPbIC M3 JAOYEPHHUX
KJIETOK, B CBOIO OUepeb MOJCIHBIIICH, CABUIAIOTCS K nepudepru ocuosanus. [lepudepudeckue 0a3anbHble KICTKU IEPEXOAAT U3 0a3aIbHOTO CIIOS B CIIOI
IIUIOBATHIX KJIETOK - HA NIEPBYIO CTYIEHb JBIIKYLIErOCs BBEPX «ICKAIATOPay. JJOCTUTHYB 36pHUCTOTO CJIOsI, IIMIIOBATHIE KIETKH HAYMHAIOT TEPITh CBOM sApa
U LUTOILIA3MATUYECKUE OPraHeIIbl H HOCTENICHHO MPEBPAILAIOTCS B OPOrOBEBIINE YCIIYHKH HApY)KHOTO CI0s. B KOHIIE KOHIIOB 3TH YCIIYHKH OTCIAaUBAIOTCS
U Pa3HOCATCS TOKAMH BO3/TyXa, 00pa3ys OAUH U3 IIaBHBIX KOMIIOHEHTOB KOMHATHOH ITBUTH. Y 4eloBeKa IPOMEKYTOK BPEMEHU OT MOMEHTA POKJICHUS KIETKH
B 6a3aJIbHOM CJIO€ SMHUJIEPMHUCA 0 €€ CIYIIUBAHHs C TOBEPXHOCTH KOXKH 3aHUMAET OT JIBYX JIO0 YEThIPEX HEJeb B 3aBUCHMOCTH OT Y4acTKa Tela.

ComyTCTBYIOIINE XUMUYECKAE H3MCHEHUsS MOXKHO H3y4aThb, aHAIU3UPYsS TOHKHME CIOM SMUJCPMHUCA, CPE3AHHBIC NMApaJLICIbHO ITOBEPXHOCTH, HIN
[IOCIIEZIOBATENIBHBIC CIION KIIETOK, OOAMpaeMble IPH HOBTOPHOM HAJIOKEGHHH U CHATHU KyCKOB JIMIKOH JIGHTHL IIpm 3TOM MOXHO OSKCTparupoBaTb U
OXapaKTepH30BaTh MOJIEKYJbl KepaTHHA, KOTOPBIX OYEHb MHOIO BO BCEX CJIOSX snuaepmuca. CyLIecTBYeT MHOXKECTBO Pa3iIMYHBIX BHAOB KepaTHHA (pasl.
11.5.1), komupyeMbIxX GOIBLUIMM CEMEHCTBOM TOMOIIOTHYHBIX T€HOB: OJIarogaps MEHSIOMIEMYCs IPELIECCHHTY UX TPAHCKPHITOB pa3sHOo00Opa3ne KepaTHHOB elle
Gosbire Bo3pacraerT. ITo Mepe TOro kak CTBOJIOBas KJIETKA. HAXOAUBIIASICS B OCHOBAaHUH KOJIOHKH, IIPEBPAIIAeTCs B YEIIyHKy HaBepXy
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Puc. 17-23. Kaxnas nponvdepaTiBHas eANHHUIA JOIDKHA
BCET/Ia COJIEPIKaTh 110 MEHBILIECH Mepe OJJHY «0eCCMEPTHYIO»
CTBOJIOBYIO KJIETKY, HOTOMKH KOTOPOif OyIyT HaXOAUThCS B

9TOH SJIMHULE U B OTAAJICHHOM Oyaymem. Ctpenkamu
MI0Ka3aHO MIPOUCXOXKICHHE OJHUX KIETOK OT JPYTHX.
CrBOIOBas KJIETKA B KaXJI0M KIIETOYHON TeHepaluu

NIPE/ICTABIICHA 3/IECh B LICHTPAIIBHOM TI0NI0KeHuH. [pyrue

6azanbHBIC KISTKH MOTYT H3HAYaabHO 00J1afaTh HHBIMU

XHMHYECKIMH CBOHCTBAMH, KOTOPBIE IIPEIONPENENISIOT HX

yX0A u3 0a3anbHOro cinos U Ju(pGEepeHIIUPOBKY; B APYTOM

BapuaHTe 0azanbHble KIETKH Oy1yT SKBUBAJICHTHBI
6eccMepTHBIM CTBOJIOBBIM KJIETKaM II0 CBOMM CBOHMCTBAM,

HO MX IIOTOMCTBO MOXET BBITAJIKMBATHCS U3 6a3aIbHOTO

CJIOS U CITYIIUBATHCS C KOXKH, H B 9TOM CMBICIIE TaKHE
6azanbHbIe KICTKH OyIyT CMEPTHEIMH.
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(puc. 17-22), B Hell mocieOBaTENbHO YKCHPECCUPYIOTCS Pa3iIMIHbIE BBHIOOPKH M3 BCETO
KOMIUICKTa TOMOJIOTMYHBIX KEPAaTMHOBBIX I'€HOB. B XoJe 3Toro mpouecca HauMHAIOT
CHHTE3MPOBAThCSl JPYTHe XapaKTEPHBIC OCNKH, TaKHEe KAaK HHBOJIOKPHH, M 3TO TOXE
BXOJHT B KOOPAMHUPOBAHHYIO IPOrPaMMy TEPMUHAIBHON JU(PGEpeHIIMPOBKU KICTOK.

17.4.4. Bo3MO0KHO, 4TO «OeccMepTHe)» CTBOJIOBOM KJIETKHU
coxpaHsieTcs1 6s1aroaps KOHTAKTY ¢ 0a3ajbHoi MeMOpaHoii [20]

Ecnmn xaxpas mnponupepaTHBHAs COMHULEA OSHHACPMHCA  MOICPKUBACTCS
HEOIIPEIETICHHO JOJT0 3a CYeT PAa3MHOXKEHHUS e 0a3aIbHBIX KIETOK, TO CPEAU HUX JOJDKHA
OBITH XOTs1 OBl OZHA KJETKA, IOTOMCTBO KOTOPOWH HE BBHIMHPACT IOJHOCTBIO N0 KOHIA
JKH3HU JKMBOTHOTO. Mbl OyAeM Has3blBaTh TaKyl KIETKY 6eccMepmHol Cmeonosoll
xnemkoti (puc. 17-23). B npuHuune aeneHue 66CCMEPTHOI CTBOJIOBOM KJIETKH MOTJIO ObI
JlaBaTh JBE IEPBOHAYAIBLHO OJMHAKOBBIC JOYCPHHE KICTKH, 4bsl JalbHEWInas cynpba
3aBucena Obl YK€ OT MOCICAYIOUIMX YCIOBHH MX JKU3HH. B MPOTHBOIMOJIOXHOM KpaiHem
Cllydae AEJICHHE CTBOJIOBOH KIIETKH MOIJIO OBl Bceria OBITh aCHMMETPHUYHBIM, TaK YTO
OJIHAa M TOJIBKO OJIHAa M3 JIOUEPHHX KJIETOK HacjeioBana Obl CBOKWCTBA, HeoOX0OuMble Ol
OeccMepTHs; B IPYroi e KIETKE YTO-TO M3MEHSIOCh OBl YK€ B MOMEHT €€ 00pa3oBaHMUs,
U 3TO 3acTaBisuIo ObI ee M hepeHIPOBATHCS M 00PEKaIo B KOHIC KOHIIOB Ha rudens. B
TaKOM ClIy4ae 4YHCIO OECCMEpPTHBIX CTBOJIOBBIX KJIETOK HHKOrJa HE MOINIO OBl
YBEIMYHUTHCS, a 3TO HPOTHBOpedynT (akram. Ecimm ydacTok smmaepmmca paspylic,
HENPEePHIBHOCTh TKAHH BOCCTAHABIMBAIOT OKPYXKAIONIME 3JOPOBBIC OIHepMalIbHEIC
KJICTKH, KOTOpbIE MHIPHPYIOT M Pa3MHOXKAIOTCs, 4YTOOBI 3aKpbiTh Opemb. Ilpu sToM
00pa3syroTcsi HOBbIE MPONH(EPATHBHBIC CAMHULEI, W HX LECHTPAIbHBIC 0a3albHbIC KICTKH
HEn30eKHO JODKHBI OBUIM BO3HHKHYTH B PE3yJbTaTe TAaKUX IEJNCHUH, KOrJa U3 OXHOU
6eccMepTHOM KIIETKH MOTyYatoTCs ABe.

Takum 00pa3oM, NpH ACICHHH CTBOJOBOII KICTKH Cyap0a MOYEPHHX KIICTOK
JIOJDKHA XOTSI OB OTYACTH 3aBHCETh OT BHENMIHHX (paxTopoB. OJHUM U3 TakuX (PaxTopoB
MOT OBl OBITh KOHTAKT ¢ 0a3abHOH MeMOPaHOii, pa3pbiB KOTOPOro MPUBOIHII OBI K 3aITyCKY
TEPMHUHAIBHONH Au(PEepeHINPOBKH. DKCICPUMEHTH Ha TKAHEBBIX KYJIBTYpaxX B KaKOM-TO
Mepe IOITBEPXKAAIOT JTO IPEANOJIOKEHUE: DIUJCpPMalbHble KIETKH IPOJOIDKAIOT
JIETINTECSI, €CITU OHU PACTYT B KOHTAKTE C MOAXOMALIMM CyOCTpaToM (HApuMep, co CIOeM
¢ubpobnacToB), HO cpa3y HAYMHAIOT AU((HEPEHUHNPOBATHCS IPH POCTE B CYCIICH3UH.
OnHako Takoro poja peryJisiius BHEIIHUMH (DaKTOpaMU HE IMO3BOJISIET OOBSCHHUTH BCE.
Jlpyrue naHHbIE YKa3bIBAaIOT CKOpee Ha OOpaTHOE HANpaBlICHHE NPUYHHHO-CICACTBEHHOM
CBS3M, T. €. Ha TO, YTO H3MCHEHWUs, BEAyIIHE K TEPMHUHAIbHOH IupdepeHIpoBKe,
IPUBOJAT K OTKPEIUICHHIO KJIETOK OT Oa3anbHOM MeMOpaHEI, a He HaoOopoT. CoriacHo
9TOH TMIOTe3€, JHIIb HEMHOTHEe M3 0a3albHBIX KIETOK CIIOCOOHBI OBITH CTBOJIOBBIMH.
IToBEepXHOCTh 3THX CTBOJIOBBIX KJIETOK HMEET OCOOBIE CBOMCTBA, KOTOPBIC MO3BONAIOT UM
IPHUKPEILIATECS K 0a3anbHO MeMOpaHe. DTU KIETKH 3alipOorpaMMHUPOBAHBI Ha TO, YTOOBI
[laBaTh OINpPENCICHHYIO [OJII0 IOTOMCTBA, «OOpeYeHHYI0» Ha IUPQEpeHIUPOBKY, B
KOTOPYIO BXOJHT U MOTEPsI CHOCOOHOCTH K NPUKPEIUIEHHIO. B 0COOBIX yCI0BHAX TKaHEBOU
penapanuy OTHOIICHUE MU (EPSHINPYIONIXCS KIETOK-IIOTOMKOB K IPOIU(EpHPYIOMUM
MOXXET OBITh M3MEHEHO IOJ JeHCTBHEM MECTHBIX POCTOBBIX (PAKTOPOB TaK, 4YTOOBI
00pa30BakCh IOMOIHUTENbHBIC KICTKH AN TOKPBITHSA paHbl. JlaHHBIE B I0JB3Y 3TOH
THIOTE3B! OBLIM MOTy4YeHBI B OKCIEPUMEHTaX, B KOTOPBHIX KEPAaTHHOLMTHI BRIPAIUBAIHN in
Vitro B yCJIOBHUSIX HEIOCTAaTKa KaJbLHs; 9TO YICPKUBAJIO UX B COCTOSHHM MOHOCIOS, TaK
4TO BCE KJIETKM ObUIM GazanbHbIMU. TeM He MeHee HEKOTOpbIC KICTKH B 3TUX YCIOBMSX
BCTYNAJIX Ha ITyTh TEPMUHAIBHON
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1 dEpPeHIMPOBKH, Ha YTO yKa3blBaJd CHHTE3 HHBOIIOKPHHA; 3TH An((hepeHINpyoIrecs: KICTKH BBIXOIMIN U3 0a3aIbHOTO CII0s, KaK TOJBKO ITOBBILIANACH
xonnentpamus Ca>* B cpesie (pasn. 14.3.4).

17.4.5. Ilponndepanus 6a3aJIbHBIX KIETOK PeryJupyeTcs: B COOTBEeTCTBHH C TOILIUHOI dnuaepmuca [21]

Yem Obl HM ompenesnsics BbIOOp MEXIy COXPaHEHHEM CTaTyca CTBOJOBOM KJIETKM W IEpPEeXOJOM Ha THOEIbHBIA IyTh TEPMUHAIbHON
T hepeHIIPOBKH, TOIDKHEI AHCTBOBAThH ApyrHue (PaKTOphl, KOTOPHIE PEryIHPOBAIU OB CKOPOCTH 00Pa30BaHUS HOBBIX SIHACPMAIBHEIX KIeToK. Hanpumep,
€CIIM Hapy)XHbIC CJIOHM SIHACPMHUCA COCKOOIUTH, TO Oa3albHblC KIETKM HAYMHAIOT NENUThCs OblcTpee. Uepe3 HEKOTOpOE BpeMs 3TO INPUBOJUT K
BOCCTAHOBJICHUIO HOPMAJIbHOM TOJNIMHBI SMujepMuca, 1 nponudepanus B 6a3albHOM CIIOE CHOBA CHIDKACTCS 10 0OBIMHOTO ypoBHs. Bce mpoucxonuT Tak,
Kak OyATO ynaneHue HapyKHBIX MU (EpeHIINPOBAaHHBIX CIOEB 0CBOOOXKIAeT Oa3anbHbIe KICTKH OT BIMSHUS KaKOI0-TO HHTHOHPYIOMEro (pakTopa, KOTOPBI
BHOBb HAauMHAeT AEHCTBOBATh, KaK TOJIBKO SMUIEPMUC ITOJHOCTHIO BOCCTAHABINBACTCS.

XOTsl U3BECTHO, YTO KEPATHHOLMTHI, PACTyIIHe B KyJbType, PearupyloT Ha MHOIME TOPMOHBI M POCTOBbIC (DaKTOPbI, BKIOYas (akTop pocTa
SIHASPMUCA, OUYCHb BAXKHBIN U KIMHUIUCTOB BOIIPOC O MOJICKYJISIPHBIX MEXaHH3MaX, PeryIHPYIOIIX Ipoardepalnio STHX KIETOK in vivo, o cux Iop He
BbISCHEH. IlOCIeCTBHS HApYIICHHOH PEryisliM 3TOro Ipolecca MOXKHO HaOIoJaTe NpH ncopuase. IIpu 3TOM pacnpocTpaHEHHOM 3a00JIEBAHHH KOXKH
nponudepanys 6a3anbHbIX KIETOK CHIBHO YCKOPCHA, SMUJICPMUC YTOJNILECH M KICTKH CIIYIIMBAIOTCSA C IMOBEPXHOCTH KOXH YK€ 4epe3 HEAeTIo Hocie X
o0pa3oBaHus B 6a3aJIbHOM CIIOE, €IIIe HE YCIIeB MOIBEPIHYTHCS OJIHOMY OPOTOBEHHIO.

17.4.6. CexkpeTopHbIe KJIETKH KOKH 000C00/1eHBI B Kejie3aX, U UX NOMyJISIIUAM CBOHiCTBeHHA UHASl AMHAMHKA [22]

Koxa cIty’KMT He TOJIBKO 3alUTHBIM 6apbepoM - OHa BBINOJHACT U Apyrue GpyHKIMHU. B onpeneneHHbIX crienuann3HpoBaHHBIX YYacTKaxX Hapsy ¢
OITMCAHHBIMH BBIIIE OPOTOBEBIIMMH KJICTKAMH U3 DIHICPMHCA PA3BUBAIOTCS M KICTKH HHBIX THIOB. B WacTHOCTH, cexpemophbie KIETKH 000COOIEHBI B
riy6OKO JIeXkKaNNX XKelle3ax, 1 OOHOBICHHE HX MPOMCXOIUT COBEPUICHHO HAYE, YEM B yIaCTKaX OPOTOBEHHI.

IpocreiimuM npuMepoM MOAOOHON CTPYKTYPhl MOXKET CIyXKHTb nomoeas dxcenesa. OHa COCTOUT M3 JUIMHHOW TPYOKHM CO CJICIIBIM KOHLIOM H
obpasyeTcs Kak BIISTYHBaHHUE dnuaepMuca. [10T BELICIAIOT KISTKH HIDKHEH YacTH 3TOU TPYOKHU, M OH BBIXOJUT Ha IIOBEPXHOCTH KOXKH Yepe3 BBIBOAHOM IPOTOK
(puc. 17-24). CexpeTopHbIe KIETKH 00pa3ylOT OJHOCIOIMHBIA SIUTENNH, OKPYXKEHHBIH HEOONBIINM YUCIOM COKPATHMBIX MUOINUMENUATbHBIX K1emoK (CM.
puc. 17-25, 5 u 17-38, /]). BbiBonHOW IPOTOK BBICTIIAH JABYCIOHHBIM SMHUTEINEM 0€3 MHOSNUTEINANBHBIX 3JeMEHTOB. CXOIHBIM 00pa3oM yCTPOEHBI U
JKEJIe3bl, BBIICISIONINE CIIe3bl, YIIHYIO Cepy, CITIOHY U MOJIOKO. I1o kpaiiHeil Mepe B CIIIOHHBIX U MOJIOYHBIX JKeJIe3aX B IPOTOKAX HMEIOTCS CTBOJIOBBIC KICTKH,
TpeHa3HaYCHHbIC [T OOHOBIICHNS IOy JIAIIMH CEKPETOPHBIX KIIETOK.

Mosto4Has jKene3a NpeCTaBIseT 0COObI HHTEPEC B CBA3HM C TOPMOHAIBHOI perynsnuei aenexns u auddepeHuposkr ee kiertok. ObpazoBanue
MOJIOKa JO/DKHO HA4YMHATBCA, KOTJAa DPOXKIAeTcss peOCHOK, M MpeKpamlaThes, Koraa peOeHKa OTHHMAIOT oT rpyau. Korga Momodnas ikenme3a He
(bYHKIMOHHPYET, ee KeJe3UCTas TKaHb COCTOUT M3 Pa3BETBICHHBIX CHCTEM BBIBOJHBIX MPOTOKOB, HOTPYKEHHBIX B COCAMHHUTEIIBHYIO TKaHb M BHICTIAHHEIX B
ceKpe-
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Monoko
BhIGpacwBAETCA B NPOTOK

—— MuaanurenuansHan
KneTka

AnwEepnApHaR KNeTKa

Puc. 17-25. Monounas xenesa. Beepxy cresa. CxemMa 00pa30BaHUS alnbBEOT
U3 NPOTOKOB MOJIOYHOH JKele3bl BO BpeMs OCPEMEHHOCTH M JIAKTAIUH.
Ilokazan TOnbKO OAMH HEOOJBLIOH y4yacTOK jkene3bl. B mokoe xenesa
COZEPXKUT HEOOJBIIOE KOJMYECTBO HEAKTHBHBIX JKEIC3UCTHIX DJIEMEHTOB,
HOTPY’KEHHBIX B MacCy J>KHPOBOIl COEIMHUTEIBHOW TKAaHM (HAa PHUCYHKE -
cepplii  ¢on). Bo Bpems OepeMEHHOCTH NPOUCXOOUT CHIbHEHIIAs
nposrQepanys KeIe3UCToH TKAHN 3a CYET JKUPOBOH C MPEHMYIIECTBEHHBIM
Pa3BUTHEM CEKPETOPHBIX OTZEJIOB XKeJle3bl H 00pa30BaHHUEM albBEOI. Beepxy
cnpasa. OjHA U3 CEKPETHPYIOMIMX MOJIOKO allbBEOJ MOJOYHOH Kele3bl U
OXBAaTHIBAIOIIAST €€  «KOP3MHKA» M3  MHOIMUTCINHANBHBIX  KICTOK.
MuosnurennanbHble  KJISTKH COKPAIAIOTCS M BBIAABIMBAIOT MOJIOKO U3
anbBEO]l B OTBET Ha BO3/EHCTBHE TOPMOHA OKCUTOLIMHA, KOTOPBIH
peGIEeKTOPHO BBIACIACTCS y JKCHIUMHBI HPH KOPMICHHH TPYABIO. BHu3y.
Knerkn OIHOTO M TOro K€ THIIA BHIPAOATHIBAIOT M MOJIOYHBIE OCNIKH, U
MOJIOYHBIH KHUp. BeIku BBIBOAATCS U3 KIETOK IIyTeM OOBIYHOTO K30LHTO3a,
a KHpP BBIXOAUT B BH/E Kallelb, OKPY)KCHHBIX IIA3MaTHIECKOH MeMOpaHOi,
otmenuBIeiics oT kietku. (B nmo R. Krstic, Die Gewebe des Menschen und
der Sdugetiere. Berlin: Springer-Verlag, 1978; B uz D. W. Fawcett, A
Textbook of Histology, 11 th ed. Philadelphia: Saunders, 1986.)
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TOPHBIX yYacTKax OJHHM CJIOEM CPaBHUTCIBHO HEAKTHBHBIX SIHTEIHAIBHBIX KICTOK. Ha mepBOM STame MOATOTOBKM K MHTCHCHBHOW BBIPAOOTKE MOJIOKA
TOPMOHBI, LUPKYJIHPYIOIIKE B KPOBH B IEPHOJ OCPEMEHHOCTH, CTUMYIUPYIOT 3[4ECh KICTOUHYIO NPOIH(pEpaIHIo; KOHLEBbIE OTACIbl IIPOTOKOB PACTYT U
BETBATCS, 00pa3ys HEOOJBIINE PACHIMPEHMS - aJbBEOJIbI, COJEPXKALIUE CEKpeTOpHbIe KieTku (puc. 17-25). Cekpeuuss MOJIOKa HAUYMHAETCS TOJBKO HPU
CTUMYJLSILIMH 3THX KJICTOK H3MCHHBIIMMCS HA0OpOM TOPMOHOB B KPOBH MaTepu IOCie poxieHus pebenka. Korma kopmieHue pebeHKa TIpPyAbIO
IPEKPaILaeTCsl, CeKPETOPHbIE KJICTKH IErCHEPUPYIOT, Makpo(harn yHHYTOXKAIOT MX OCTAaTKH, OONbINAs YacTbh albBEOJ MCYE3aeT M JKele3a NEePEeXOIHUT B
COCTOSIHUE TOKOSL.

3akJjouenune

Mmnozue mxanu, 0cobeHHO me, KOMOPbIM CEOUCMEEHHO OblCmpoe 3ameujenue KiemoyHoU Nonyiayuu (Hanpumep, GbICMUIKA KUWEYHUKA,
NUOEPMATLHYIIL CTIOU KONCU, KPOBEMBOPHbIE MKAHU), OOHOGIAIOMCS ¢ NOMOWbIO CME0N06bIX Kiemok. Cmeonogvle KIemKiu - 9mo, no onpeoeieHuio, He 00
KOHYa Ougpepenyuposannvie Kiemxu, CnOCOOHble HeOSPAHUYEHHO OelumbCs U 0asamb NOMOMCME0, HACHb KOMOpozo Juggepenyupyemcs, a yacme
ocmaemcs cmeonosbimu Kiemxamu. Cmeonosvle Kiemku snudepmuca iexcam 6 0a3anbHOM cloe, KOHmakmupys ¢ Oazanvbrou membpanou. Ilomomku
CMBONOBbIX KNEMOK Ouhpepenyupyiomes, yxoos us smozo cios, u no mepe yoanieHus on He2o Nocied08amensHo CUHMESUPYION Pa3nuytble 6U0bl KEPAMUHOS,
3amem A0pa 6 KIemKkax OezeHepupyiom, u 00pasyemcss HApYdiCHblll CIOU MEepPmEblX 0pO20GeGUIUX KIemoK, KOmopvle 8 KOoHye KOHYO08 CIYWUBAiomcs C
noeepxnocmu. Ha mex yuacmkax, 20e anudepmuc moHoK, OH 4emKo noopazoensiemcs Ha npoiugepamustsle eOUHUYbL, Uil KOJIOHKU, N0 MeHbliell Mepe ¢
00HOIl «DeccMepmHOlLy CIME0NI0BON KNIeMKOU 8 0CHO8aHUl Kaxcoou uz Hux. Cyobba nomomkog cmeonosoll Kiemxu omyacmu 3a6ucum om HewHux Gakmopos,
ewje He énoine eviscHennbix. Ckopocms npoaugepayuu cmeoIo8sixX KIemoK pecyiupyemcs 20MeoCmamuiecK 6 COOmeemcmeuu ¢ moawuHou snudepmuca. B
JIcenes’ax, CEA3AHHbIX C SNUOEPMUCOM, HANPUMEDP 6 NOMOBLIX U MOJOYHBIX DiCeNe3ax, Modice UMeOmCs CMEOoN06ble KAemKu, HO 0OHOGNIeHUe KAemOYHOU
NONYIAYUU OP2AHUZOBAHO NO-UHOMY.

17.5. O0HOBJIeHNE C MOMOIIBIO ITIOPHIIOTEHTHBIX CTBOJIOBBIX KieToK. [Ipumep: o0pazoBanHue KjieTok KpoBH [23, 24]

KpoBb COAEPKUT MHOTO THIIOB KJIETOK, BBINONHSIOMINX COBEPILICHHO Pa3inyHble (yHKIMH - OT TPAHCIOPTa KHCIOPOJA 0 BHIPAOOTKM aHTUTEIL.
HekoTopsie U3 3THX KJIETOK (QYHKLHOHUPYIOT HCKIFOYUTEIBHO B IIPEEIax KPOBCHOCHON CHCTEMBI, a APYTHe HCIONB3YIOT €€ TOJIbKO UL TPAHCIIOPTa, & CBOH
(YHKLMH BBINONHSIOT B APYrHX MecTaX. OJHAKO KU3HEHHBIH UK BCEX KIETOK KPOBHU 10 HEKOTOPOI! CTEIEHH CXOJeH. Y BCEX Yy HHX BPEMs CYLIECTBOBaHUS
OrPaHUYEHHO, U OHU HEHPEPBHIBHO 00Pa3ylOTCs B TCUCHHE BCEH JKM3HM JKMBOTHOTrO. Y HaKoHel, 4To BechbMa IPHMEYATEIbHO, BCE OHH BOCXOAT K OZHOMY H
TOMY K€ THITy CTBOJIOBBIX KJIETOK KOCTHOrO M03ra. Takum o06pa3oM, 3Ta reMOIOITHYECKasi, HJIH KPOBETBOPHAsI, CTBOJIOBAS KJICTKA [UIFOPUIIOTCHTHA, T.C. AACT
HavaJlo BCeM BHAAM TePMHHAIBHO TH((epeHINPOBaHHBIX KIETOK KPOBH.

Knerku kpoBu (puc. 17-26) MOXHO pa3[eiauThb Ha KpacHble U OEJbIe-3PUTPOLUTH M JICHKOLUMTHL. JPHTPOLUUTBI OCTAIOTCA B IpeAenax
KPOBEHOCHBIX cocynoB U mepeHocat O, u CO,, cB3aHHbIE ¢ reMoriaoOuHoM. JleikonuTsl OoproTcs ¢ MHQEKIuei, a TakKe MOIIOLAIOT U IEePEBapUBAIOT
OCTaTKU
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10 MM

Puc. 17-26. KiieTkn KpOBH MIICKOIUTAOIIETO B MAJIOM KPOBEHOCHOM cocyie (MUKpodoTorpadusi, HOIydEeHHas! C HOMOIIBIO CKAaHUPYIOLIETO 3ICKTPOHHOTO
MEKpockona). boiee KpynHble, HOYTH Mapo0OpasHbIe KIETKH C LIEPOXOBATON OBEPXHOCTBIO - 3TO JICHKOLMTBI, @ KIETKU MEHBIICH BEIIMIUHBI, Goliee
riaagkue u ymiomeHusie - sputporuTsl. (R. G. Kessel, R. H. Kardon, Tissues and Organs: A Text-Atlas of Scanning Electron Microscopy. San Francisco:
Freeman, 1979.)

Pa3pyLICHHBIX KJIETOK U T. II., BBIXOJS AJIA 9TOTO Yepe3 CTEHKU HeOOJbIINX KPOBEHOCHBIX COCYJOB B TKaHH. KpoMe Toro, B KpoBH B OONBIIOM KOJIHMYECTBE
coziepkatcs mpomooyumul, MPEACTABILIONIE COO0I He 0OBIYHbIE IIENbIe KIETKH, & MEJIKHE KICTOUHbIEe ()PAarMEHTHI, HIIH «MHHH-KIETKI, OTJCIUBIIAECS OT
KOPTHKAIBbHOW LUTOIUIA3MBbI KPYNHBIX KJIETOK, HAa3bIBAEMBIX Mecakapuoyumamy. TpoMOOLMTH! CIeMU(pUISCKH NMPHIMIAT K SHIOTEIHAIBHON BBICTUIIKE
MOBPEXKICHHBIX KDOBEHOCHBIX COCYZIOB, I/l TIOMOTaloT BOCCTAHABIMBATh UX CTEHKY H y4acTBYIOT B IIPOLIECCE CBEPTHIBAHUS KPOBU.

17.5.1. CymecTBYIOT TPH KaTeropuu JeiiKOMTOB: I'PaHyJIOUUTbI, MOHOUMTHI H JUMpOUUTHI [23, 24]

B To Bpems Kak KaX[pblii SPUTPOLUT IMOX0X HA BCAKHUM APYroi 3PUTPOLMUT, @ TPOMOOIHUT - HA APYroil TPOMOOLUT, JICHKOIMTHI IENATCS Ha PSI
pa3iInyHbIX KiaccoB. Ha ocHOBe Mopdonornyeckux 0coOSHHOCTEH, BUIMMBIX B CBETOBOH MHKPOCKOI, UX TPAJHMLMOHHO NOAPA3IEIAIOT HAa TPU IJIaBHBIC
TPYIIbL: SPAHYIOYUMbL, MOHOYUMbBL U TUMPOYUMDL.

Bce rpaHy1ouMThI COJIep)KaT MHOTOYHCIICHHBIE JIM30COMBI U CEKPETOPHBIC ITy3BIPHKH, MU I'PAaHYJIbI, ¥ MOJYUYHIN CBOM HAa3BaHUS 32 PAa3IUYHBIN
XapakTep OKpallMBaHMS ATHX TIpaHyn (puc. 17-27). Paznnune B OKpalIMBaHMM OTPa)KaeT BaKHBIC XUMHUYECKHE H (DYHKIHOHAIBHBIE OCOOCHHOCTH.
Heiitpoduibl (Ha3bIBaeMbIE TAKKE NOIUMOPPHO AOEepHbIMU JlelKoyumamy W3-3a MHOTOJOJBYATBIX SIEP), CaMble MHOTOYHCICHHBIC W3 TPaHYJIOLHTOB,
3aXBaTHIBAIOT, YOUBAIOT M IEPEBAPUBAIOT MUKPOCKOIUYECKUE OPraHM3MbI, B 0COOCHHOCTH OakTepuu. Ba30()uiibl BBIACIAIOT MMCTaMHUH (2 Y HEKOTOPBIX
JKUBOTHBIX CEPOTOHHUH), KOTOPBIH y4acTBYET B BOCHAIUTEIBHBIX PEAKIMAX. JO3MHO(HIIBI IOMOTAIOT B PAa3pYIICHUH apa3sHTOB M BIMSIOT HA aJUIePrHYECKUe
peaKiuu.

MoHOUHUTBI, BHIXOSI U3 KPOBSHOTO pycia (puc. 17-27, I'), craHoBATCS MakpodaraMu, KOTOpbIC Hapsay ¢ HeWTpoduiamMu SBISIFOTCS TTIaBHBIMH
«podeccnoHanbHbIME  (paromutaMu» (pazn. 6.5.14). O6a Tuna (aromuToOB COAEpPKAT CHELHAIN3UPOBAHHBIE OpPraHEIUIBl, KOTOpPBIE CIHMBAIOTCS C
HOBOOOpPa30BaHHBIMHU (DarOLUTO3HBIMHU ITy3bIpbKaMu ((arocoMaMu) M aTaKyIT IOTJIONICHHBIE MUKPOOPTaHU3MBI C TIOMOIIbI0 BBICOKOPEAKTHBHBIX MOJICKYJI
cynepokcuga (O5) u runoxioputa (HOCIL; 310 AeiCTBYIOINI KOMIIOHEHT OTOCNMBATENICH), a TAKKe KOHIIGHTPUPOBAHHON CMECH JIM30COMHBIX THAPOJIA3.
Makpocgary, omgHako, 3HAYMTENBHO OOJbIIE IO pa3MepaM M IOJbLIC XKUBYT, YeM HEHTPO(GMIBL, a K TOMY € O0JaaloT YHHUKAIFHOW CIOCOOHOCTBIO
NepeBapuBaTh KPyIHbIE MUKPOOPTaHU3Mbl, TAKUE KaK IPOCTEHIINE.

JIuMGOUMTHI yYacTBYIOT B IMMYHHOM OTBETE U ITPEACTABICHBI IBYMS [NIABHBIMH KJIaCCaMU: B-1umpoyumsl NPOU3BOIAT aHTHTENA, & T-1um@po-
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Puc. 17-27. DnexrponHbie MEKPO(OTOrpaduu JISHKOUUTOB YeThIpEX TUMOB: A-HeTpodu; b-6asodui; B-a03unodm; /- MOHOLMT. DICKTPOHHBIC
mukpodororpaduu 1MMGOIHUTOB NpeacTaBiaeHbl Ha puc. 18-4. KieTku Kaxa0ro THIa BEINOIHAIOT 0COOYI0 (QYHKIIMIO, YTO OTPAKACTCS B PA3IUUUIX HX
CEKPETOPHBIX TPaHyJI ¥ JIN30COM. B ka0l KleTke TOIBKO II0 OTHOMY SIAPY, HO OHO MMeeT HePaBUIIbHYIO T0JIbYaTyIo hopMy, Tak 4To Ha (poTto 4, 5u B
MeCTa COeTHHEHHS T0JICH He MOMAaH B INIOCKOCTh cpe3a. (C mobesnoro paspeuierus: Dorothy Bainton.)

yumol yOWBAIOT KIJICTKHM, WHOHUIUPOBAHHBIC BHUPYCOM, U PETYIUPYIOT aKTUBHOCTH JIPYrHX JeWkormToB (cM. ri1. 18). Kpome Toro, cymecTByioT
JMGOLHUTONONAOOHbBIC KIICTKH, HAa3bIBACMBIC NPUPOOHbIMU Kuliepamu, COCOOHbIC YOHUBaTh HEKOTOpHIC BHIbI OIYXOJCBBIX M MH(UIMPOBAHHBIX BUPYCOM
KiIeTok. ObpasoBanue MUMGOIUTOB - ITO 0cobasi TeMa, KoTopas OymeT moApoOHO 0OCykmaTbecs B Il 18. 3mecs Mbl OyneM paccMaTpHBAaTh B OCHOBHOM
pa3BUTHE JPYTUX KIETOK KPOBH, 4aCTO 0OBEIHHIEMbIX O/ Ha3BaHHEM MHEJOHIHBIX KJIETOK.

PasnudHble THIIBI KPOBSHBIX KJICTOK M MX (BYHKIMH IpHBEICHBI B Tabm. 17-1.
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Tabanua 17-1. Kinerku kpoBu

Tun KiIeTkn

I'1aBHbIC QyHKIMH

OO0bI4HOE coepkaHUue B KPOBH
yesoBeka (B 1.1)

KOCTHOM MO3I'¢€ U3 Merakapuoum‘os)

Dputpouutsl JIeHKOIUTH Tpaucnoprupytot O, u CO, 5-10"

I'panynoyumer

Heiitpoduist (nonumopduosaepHsie | ParoUTHPYIOT U pa3pyIIAlOT BHEAPUBLINECS OaKTepUU 5-10°

JIEHKOLUTBL

D03uHODHITB Pazpymator 0Oosiee KpynHble Mapa3sUTUUYECKUE OPraHU3Mbl MU 2-10*
BJIUSIOT Ha aJUICPIHYECKUE BOCTIATUTEIbHbIC PEaKIIUH

bazoduus BBIENSIOT THCTAMHUH U CEPOTOHHH HPH HEKOTOPBIX MMMYHHBIX 4-10
peakuusIx

Monoyumul CranoBsitcs MakpodaramMu B TKaHsX, rae (aromuTUpyoT u 4-10°
NepeBapyuBalOT BHEAPUBIIMECS OaKTepPUH, HHOPOIHBIC Tela U
CTaperoIue KISTKH

Jlumepoyumol

B-knetku BeIpabaThIBalOT aHTHTENA 2-10°

T-knetku VO6uBaroT KIETKHM, MHO)HUIMPOBAHHBIC BHPYCOM, M PETYIHPYIOT 1-10°
AKTUBHOCTD JPYTUX JCHKOIUTOB

Knemxu-xunnepst (NK - Ki1eTKH) YOuBawT KICTKH, HWHQUIMPOBAHHBIE BHPYCOM, U  KIETKH 1-10%
HEKOTOPBIX OIyX0JIel

TpomGouuTsl MHunumpyoT cBepThIBAaHUE KPOBH 3-10"

(pparmMeHTEl KIETOK, oOOpasyiommecs B

17.5.2. O0pa3zoBaHue Ka10r0 THIIA KJIETOK B KOCTHOM MO3re peryJiMpyercsi oTaenabHo [23, 25]

BosbIIMHCTBO JIEHKOIMTOB (yHKIMOHMPYET HE B KPOBH, a B JPYIMX TKaHAX, a KPOBb IIPOCTO MEPEHOCUT MX TyJa, TAE OHH HYKHBI. MecTHas
nH(EKIMA WK TOBPEXICHUE JI000H TKaHH, HAIpUMEp, OBICTPO NPHUBIIEKACT JEHKOLMTHI, U 3TO COCTABISAET YacTh BOCHAJIMTE]bHON peaKkuuu, oMoraroeit
B Ooprbe ¢ mHGeKnueil mpu 3aKUBICHUHM paHbL. BocmamuTenbHas peakmus - CIOXKHBIA HPOIEcC, B KOTOPOM YYacCTBYIOT Pa3sHOOOpas3HBIC CHIHAIbHBIC
MOJIEKYJIbI, BBIJIEIAEMbIE MECTHBIMH TYYHBIMH KJICTKAMH, HEPBHBIMH OKOHYAHUAMH, TPOMOOLMTAMHU M JICHKOLMTAMH, a TaKkkKe KOoMIuIeMeHT (pasx. 18.5).
HekoTtopsle M3 3THX CHUTHAJIBHBIX MOJIEKYJ] BO3AEHCTBYIOT Ha OMMdKaiInipe KanuULIphl TAKMM 0Opa3oM, 4TO afre3ust MEXAY dHAOTEIMAIbHBIMU KIETKAMH
YMEHBIIAETCs, HO 3aTO UX HMOBEPXHOCTh CTAHOBUTCS OoJee aAre3WBHOU IS IEPeIBUTAIOMINXCS PSAIOM JICHKOIUTOB. Tak JEHKOIUTHI JIOBSTCA, KaK MyXH Ha
JIMIKYI0 OyMary, a 3aTeM MOTYT BBIATH U3 COCYZa, IPOTUCKUBASCH MEX/Y SHJIOTEINAIBHBIMU KJICTKAMU U IPOEAasy IyTh 4depe3 Oa3allbHyl0 MeMOpaHy ¢
IIOMOUIBIO IepeBapUBaiomuX (epMeHTOB. Jlpyrue MOJeKydsl AEHCTBYIOT KaK XeMOATTPaKTaHThl Ul ONPEAENEHHBIX BHAOB JICHKOLMTOB; IOJ HX
BO3JCHCTBHEM OTH KICTKH MOJIAPH3YIOTCA H HAYMHAIOT IIOI3TH [0 HAIIPABICHHUIO K HCTOYHHUKY aTTPaKTaHTA. B pe3ynpTaTe 00/IbIIOE KOIMIECTBO JICHKOIIUTOB
NIEPEXOJIUT B OPAKEHHYIO TKaHb (puc. 17-28).

Jlpyrue curHajibHble MOJIEKYJIbI, 00pa30BaBILHECs B X0/J¢ BOCHATUTEIIb-
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BOCNANMTENLHOW PeaKuMM, NOCTY -
NEIOLULMY U3 NOBPEROEHHOR TKaHW
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Wi NoBREWARHHOW THaHW
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NerKouwnThl B COBAMHUTENLHOW TIKAHWA

Puc. 17-28. Murpanuus JIeHKOLUTOB U3 KPOBOTOKA B
MOBPEXICHHYIO M HHOULIUPOBAHHYIO TKAHb HPH
BOCTIAJIUTEIBHOM Peakuu. DTy PeaKIUIO 3aITyCKaloT
Pa3INYHbIEC CHTHAIBHBIC MOJICKYJIBI, IOKAJILHO
BBIJIeJIsIEMbIE KIIETKaMH (TJIaBHBIM 00pa3oM B
COCIMHUTENBHON TKaHH) WIN 00pasyrouuecs Ipu
aKTUBAIMU KOMIUIeMeHTa. HexoTopble n3 Takux
MEJMaTOPOB BO3AEHCTBYIOT HA YHIOTEIHAIBHBIC
KJIeTKU KaIlMJLIIPOB, OCNIA0ISIA HX COCIUHEHUE C
COCEIHHMMH KJICTKaMH, B PE3yJIbTaTe Yero KaIliLIIph
CTaHOBATCS OoJiee MpoHHIaeMbIMH. Vi3MeHeHue
MOBEPXHOCTHU YHIOTEIHAIBHBIX KICTOK BEZIET TAKKe K
IPIIAIAHAIO KpoBU. J[pyrue MeanaTops! JeHCTBYIOT
KaK XeMOATTPaKTaHThl, 3aCTABILSs CBA3ABLINECS
JICHKOIIUTEI IPOOHPATHCS MEXKIY SHAOTEIHATEHBIMHI
KIIETKaMH KaIHJUIIPOB B TKAHb.
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HOW peaklnH, yXOAAT B KPOBb M IOOYXIAlOT KOCTHBIH MO3I K YCHWJICHHOH BbIpabOTKe
JICWKOLIUTOB U UX BBIOPOCY B KpOBsiHOE pyciio. KOCTHBIN MO3I CIIy>KHT IJIAaBHOW MMIIECHBIO VIS
TaKOM PEryJsiUH, TaK KaK y B3POCIBIX MIICKOIHMTAIOMNX KJICTKH KPOBH, 33 HMCKIIOYCHHEM
IMMQPOLUTOB M HEKOTOPBIX Makpo(aroB, 00pa3ylTCs TOJIBKO B KOCTHOM Mo3re. OJTa
perymsinusi Gojee MM MeHee crenudUYHa B OTHOLICHHM KJICTOK OHPEACICHHOIO THIIA!
HaIpuMep, HEKOTOpbIC OaKkTepuanbHble NHPEKIUH IPUBOIIT K M30HPATEIEHOMY YBEINYCHUIO
4ycia HEWTPO(MHIIOB, a 3apaKeHHe MPOCTEHIIMMU U JAPYTMMH MAapa3sHTaMU - K HaKOILUICHHIO
903MHOGUIOB (MMEHHO MO3TOMY Bpadd OOBIYHO HCIOJB3YIOT MOACYET JCHKOLUTOB PasHOroO
THIIA TIPH JUArHOCTHKE HH(EKIIMOHHBIX U MHBIX BOCIAIUTEIBHBIX 3a001CBaHMIT).

B npyrux ciydasx n30HpaTensHO BO3pacTaeT YHCIIO IPUTPOLHUTOB, KAK, HAPHMED,
y 4eloBeKa B YCNIOBUSX OOJBIIMX BBICOT, TA€ KHCIOPOJA HEJOCTaTO4YHO. Takum oOpasoM,
00pa3oBaHME KPOBSIHBIX KIETOK (reMomno33) 1Mo HEOOXOJMMOCTH IOJBEPraeTcs CIOKHOMY
KOHTPOJIIO, IPH KOTOPOM KOJHYECTBO KJICTOK KaXKIOTO THUIIA PETYJIHPYETCsS UHINBHAYAIbHO, B
COOTBETCTBHU C MCHSIOIMMUCS MOTpeOHOCTAMH. [IOHATH, Kak pabOTAIOT 3TH PEryISITOPHBIC
MEXaHH3MBI - 33/1a4a OrPOMHOI BaXXHOCTH ISl MCAMIIMHBI.

Y HHTaKTHBIX >KUBOTHBIX I'€MOII033 H3y4aTh TPyIHEe, YeM HpPEBPAICHHs KIICTOK
TaKUX TKaHeH, Kak smuaepmuc. B smmaepmuce cymiecTByeT Ipocrtas, perylisipHas
[POCTPAHCTBEHHAST OPraHU3aLsl, IPH KOTOPOH JIETKO CICAUTH 33 MPOLECCOM OOHOBICHHS H
HAaXOJHUTh CTBOJOBHIC KJIECTKH. B KpPOBETBOPHBIX TKaHSX 3TO He Tak mpocro. Ho, ¢ apyroi
CTOPOHBI, KPOBETBOPHBIC KJICTKH KUBYT KaK KOYCBHHUKH, M 3TO AEIACT HX YAOOHBIM 00BEKTOM
JUISE SKCTICPUMEHTOB HHOTO poja. J{uCeprupoBaHHbIC KPOBETBOPHBIC KICTKH MOYKHO JICTKO, HE
TOBpE’K/Iask MX, EPEHOCUTh N3 OJJHOTO OPraHM3Ma B JPYToi; KpoMe TOro, Mponudepanuo u
Iu(pOEPEHIMPOBKY OTIACNBHBIX KJICTOK M HX MOTOMCTBA MOXKHO HAONIOAAaTh M M3yd4aTbh B
YCIOBHSX KyabTypbl. 110 3TOil mpu4nHE O MOJEKYJIaX, PErylIUpYyOIHX 00pa3oBaHHE KIETOK
KpOBH, U3BECTHO OOJIbIE, YeM 00 aHAJIOIMYHBIX PEryISTOPHBIX MOJICKYJIaX B JAPYIHX TKaHSIX
MiIeKonuraomux. Ho 1 o kiieTkax KpoBH 3TH 3HAHHU €Ie BECbMa HEIOCTATOYHBI.

17.5.3. KocTHBIii MO3I COAepPKUT KPOBETBOPHbIE CTBOJIOBBIE KIETKU
[23, 26]

PasnuyHble THOBI KPOBSHBIX KIETOK U KX ONIDKAHIINX IIPEAIICCTBEHHUKOB B
KOCTHOM MO3I'€ MOXHO Y3HaTb I10 BHEIIHeMY BHAY (puc. 17-29). OHu nepememniaHsl Apyr c
JIPYyroM, a TaKKe ¢ )KUPOBBIMH KJIeTKaMu U pubpodiactaMu, 00pa3yoUMU HEXKHYIO OLIOPHYIO
CeTh KOJUIATEHOBBHIX BOJIOKOH H JAPYrHe KOMIIOHEHTHI BHEKJIETOYHOro Marpukca. Kpome Toro,
BCsSI TKaHb IPOHHM3aHA TOHKOCTCHHBIMH KPOBEHOCHBIMH COCYHAMH (KPOGSAHbIMU CUHYCAMU), 8
KOTOpBIE TEPEXOAIT HOBOOOPAa30BaHHbIC KIETKH KPOBU. MIMEIOTCS Takke MErakapuoOLMTHI; B
OTJIMYHE OT JPYIHX KPOBSIHBIX KJICTOK OHHM OCTAalOTCS B KOCTHOM MO3T€ M IIOCIIC CO3PEBAHHS,
COCTaBJIssl OIHY W3 CaMbIX 3aMETHBIX THCTOJOTHMYECKHX OCOOCHHOCTEH 3TOW TKAaHW; OHH
HeoObIYaliHO BedMKU (10 60 MKM B AMameTpe) M MMEIOT BBICOKONOJIMIUIONIHOE sapo. B
HOPMAJIBHBIX ~YCIOBHSX METAaKapHOLUTHl OONCIUIIOT CTEHKH KPOBSHBIX CHHYCOB H
NPOTATUBAIOT CBOM OTPOCTKU CKBO3b OTBEPCTHS B MX JHIOTEIMAIBHON BBICTUIIKE; OT JTHX
OTPOCTKOB OT/ICJISIOTCS TPOMOOLIMTBI, KOTOPBIE 3aT€M YHOCUT KpoBb (puc. 17-30).
OtcyTcTBHE BHAMMOH YHOPSIOYCHHOCTH B PACHOJIOKEHUH Pa3IMYHBIX KJICTOK KOCTHOTO MO3ra
3aTpyIHSACT HACHTHOHKALUIO KaKHX-JMOO HPEINIECTBEHHUKOB 3PENBIX KPOBSIHBIX KIETOK,
KpoMe caMmbIX Ommkaimux. Ha oyeHp paHHMX CTaguMsaX pa3BUTHsA, KOrja sBHas
T depeHIpoBKa elle He Hadanach, Bce KISTKU-IPENICCTBEHHUIB BHEIIHE BeCbMa CXOIHBI
MeXy cOOOH, a y IepBUYHBIX CTBOJIOBBIX KIETOK BOOOIIE HET BUIMMBIX IPU3HAKOB,
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L. Hezpensii

MET 2 KapHouuT

Hezpensia Heapenbin Iputpount  Heapensiit 10 mxm
303MHOGMN MOHOUMT numdoumnT

Puc. 17-29. Cpe3 yyacTka KOCTHOrO Mo3ra (JIeKTpOHHast MUKpOGdoTorpadus npu HEOOIBIUIOM YBEIUYCHHHN ). DTa TKAHb - TNIABHBIA HCTOYHHK HOBBIX KIIETOK
kpoBH (kpome T-mumdornuros). ObpaTiTe BHUMaHKE HA TO, YTO HE3peIble KISTKH KPOBH OIPEIEICHHOTO THIIA UMEIOT TeHACHITHIO COOUPAThCS «CeMEHHBIMU
rpymnamm». (J.A.G. Rhodin, Histology: A Text and Atlas. New York: Oxford Univ. Press, 1974.)

10 KOTOPHIM HMX MOXHO ObUIO OBl pacmo3HaTs. UTOOBI MICHTU(GUIMPOBATH U OXApaKTEPH30BATh CTBOJIOBBIC KIICTKH, HyXeH (YHKIHOHAIBHBIA TECT,
MO3BOJIAIOIINI MPOCIIEKMUBATE CyaAbOYy IOTOMCTBA OTACIBHBIX KJIETOK. Kak MbI yBHAMM, C 3TOH IENBbI0O MOXHO HPOCTO M3y4aTh KOJOHMH, 0Opa3yeMble
OT/ICIIBHBIMH KJIETKaMH B KyJIbType. B citydyae KpoBEeTBOPHOIT CHCTEMBI, O/IHAKO, TAKUE KJICTOYHbIC KIIOHBI MOXHO PACIIO3HABATh U B HHTAKTHOM )KHUBOTHOM.

Ecnu »HMBOTHOE OABEPTHYTh PEHTTCHOBCKOMY OOTy4eHHIO B OONBINOI 103€, KPOBETBOPHBIE KICTKH Y HETr0 OYAyT pa3pyLIeHBl, U Yepe3 HECKOIBKO
JIHEH OHO MOTHOHET M3-3a HECIIOCOOHOCTH OpPraHW3Ma BOCIIOJHATH yTPATy KIETOK KpoBH. OOIydeHHOE )KHMBOTHOE MOXKHO, OJJHAKO, CIIACTH ITyT€M HHBEKI[HI
KJIETOK, B3ATBIX U3 KOCTHOTO MO3ra 3Z0POBOr0 MMMYHOJOIMYECKM COBMECTHMOro aoHopa. Cpenu 3THX KJIETOK, OYCBHIHO, €CTh TaKHEe, KOTOPhIE CMOTYT
00pa3oBaTh KOJIOHHH B OpPraHH3Me OOIydYeHHOTO PELMIINECHTa M TaKUM 00pa3oM CHAaOIUTH €ro KPOBETBOPHOH TKaHbIO. Takue KOJIOHHM Pa3BUBAIOTCS, B
YACTHOCTH, B CEJIC3EHKE; OHA CIIY)KHT y HOPMaJIbHBIX MBIIIEH BaXKHBIM JOIOJIHUTEIBHBIM 049aroM KpoBeTBOpeHus. Ecim nccnenoarh ceneseHKy o0IrydeHHO#
MBILIX Yepe3 HEACIIO MM JBE MOCIIE BBEICHHUS KICTOK OT 3A0POBOTO JOHOPA, B HEH MOXHO YBHIETh 000COOICHHBIC Y3€IIKH, KX/l M3 KOTOPBIX COACPIKUT
KOJIOHHIO MUEIIOMIHBIX KIIeToK (puc. 17-31);

OrpocTok merakapuounTa, IHpaoTenuansHan
OTNOYK DB LIS LMK KNeTKA CTEHKKA CUHYCa
TPOMBOUWTEI Mpocaet \
y K POBEHOCHOTO CHHYCA

PassuBalowmecn MerakapuoumT S 5 I d "/

KNETKW KDPOBM —_—
TpomBouuTs! Otpocrm 3p|1‘rpol.u|1' 10 mMKm

A

MeraKapuouuTos

Puc. 17-30. 4. MerakapHoLur cpey Apyrux KJIETOK B KOCTHOM Mo3re (cxema). OrpoMHBIe pa3Mepsl MErakapHOLUTa CBS3aHbI C TEM, YTO OH MMeeT
BBICOKOTMOJIMIUIONHOE 5171p0. OquH Merakapuorut oopasyer okono 10000 TpoMOOLUTOB, OTIIETUIAIOMINXCS OT JUIMHHBIX OTPOCTKOB, KOTOPBIE MTPOXOIST Yepe3
OTBEPCTHS B CTEHKAX COCEIHUX KPOBEHOCHBIX CHHYCOB. 5. BHYTpEeHHOCTb TaKOT0 CHHYyCa B KOCTHOM Mo3re (MHKpodoTorpadus, MoxydeHHas ¢ HIOMOIIBIO
CKaHHUPYIOLIEro 3JIEKTPOHHOr0 MUKpockomna). Buansl orpoctku Merakapronutos. (b - u3 R. G. Kessel, R.H. Kardon, Tissues and Organs: A Text-Atlas of
Scanning Electron Microscopy. San Francisco: Freeman, 1979.)
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WHeeuspyT KNETKKW KOCTHOMO
MO3ra o7 3QopoRoro AGHOPA
P
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nocne MHLEKWAW B K POBOTOKE
NOABNAETCA MHOTO BHOBL
ofpaloBEBMXCA KNETOK KPOBM

Npu oBchepoBaHKMK CRNEIEHKM
BuAgnfmoTCA Bonslune Y3ankKH
Ha € NOBEPXHOCTY

Kaxnaplid y3es0K COIEPIKUT KIOH KPOBETBOPHBIX
KICTOK,  NPOMCXOMAMNX  OT  OXHOH U3
HMHBEIHPOBAHHBIX KIETOK KOCTHOTO MO3Tra

Puc. 17-31. Cxema ombiTa, B KOTOPOM CENE3CHKY

CHIIBHO  OOJIyYEHHOTO  JKMBOTHOTO  3aCElISIOT
KPOBETBOPHBIMU ~ KJIETKAMM ~ KOCTHOTO  MO3ra,
B3SITBIMH OT  30pOBOTO JIOHOpA. Taxkoit

9KCIIEPUMEHT BIIEPBBIE I103BOJIMII aHAIU3UPOBAThH
HUHIVBHIyalbHbIe MHEJIOUTHbIE KJIeTKHU-
MPEIIIeCTBeHHUKY, YTO HEOOBIYalHO PacIIUpPHIO
BO3MOXKHOCTHU U3y4YEHHsI TEMOII033a.
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4yepe3 [Be HEJENU B HEKOTOPBIX KOJIOHMSIX MOXKET ObITh 0OJIbIIE MIJUIHOHA KIETOK. Pa3nernsHOCTh
Y3€IKOB II03BOJIACT Npearoyiararb, YTO KaXIblH M3 HUX, NOJZOOHO KOJIOHMM OakTepuil Ha
KyJIBTYPAJIbHOW Yalllke, 00pa3oBaH KIOHOM, IMPOUCXOASLIAM OT OJHOM MCXOIHOW KIETKH, U 3TO
HOATBEPIKAAIOT SKCIICPUMEHTHI C HCIIOJIb30BaHUEM IEHETHIECKUX MapKEPOB.

Knerky - poroHayanbHUIy TaKOH KOJIOHMH HA3bIBAIOT KOJIOHHe0Opa3yomeil eqnHuneit
(KOE). KononueoOpasymomue KICTKH reTeporeHHsl. OJHM Jal0T HA4allo TOJBKO OJHOMY THITY
MHEIIOH/IHBIX KJICTOK, a IPYTHe - HECKOIbKUM TUNaM. HeKkoTopble KIETKH MPOXOIST MHOTO LIUKIOB
JieneHust U o0pasyioT OoJbLIME KOJIOHHM, TOT/Ia KakK JpYrue MEHbLIE AeNATCA U 00pasyroT
MaJeHbKHE KOJIOHHWH. DBOJBIIMHCTBO KOIOHMH THOHET, NpPOM3BEIs KAKOE-TO OrPAaHHYCHHOE
KOJIMYECTBO TEPMHHANBHO AU((hepeHINPOBAHHBIX KPOBSHBIX KICTOK. OJJHAKO BCTPEUAIOTCS TAKXKE
KOJIOHUH, CIIOCOOHBIE K HHTEGHCHBHOMY CAaMOOOHOBIEHMIO, M OHU IPOHU3BOIAT HApsOy C
TepMHUHAIBHO AU} depeHINPOBAHHBIMY KICTKAMI KPOBH HOBBIE KOJIOHHeoOpasyromue kieTku. Kax
[0JIAaraloT, POJOHAYANBHUIIAMH TaKHX CaMOOOHOBIIIOIIUXCS KOJIOHHI SIBJISIOTCS CTBOJIOBBIC
KPOBETBOPHBIE KJIETKU U3 [IEPECAKEHHOT0 KOCTHOTO MO3ra.

17.5.4. ILliropunoTeHTHAs CTBOJIOBAsI KJIE€TKA 1aeT HAaYaJI0 BCeM KJaccaM
KJIETOK KpoBH [27]

3agacTylo B ONHOH CeJNe3eHOYHOH KOJIOHHHM, 00pa3oBaBIICHCS U3 OJHOWH CTBOJIOBOH
KJICTKHU, MOXKHO HailTH MHEIOH/IHbIE KICTKU BceX THIOB. TakuMm 00pa3oM, KpOBETBOPHAsl CTBOJIOBAsI
KIETKA AIOpUnomenmua; OHa MOXET JaBaTh HAadaJlo MHOTUM PAa3lIUYAIOIIUMCSA THIAM KICTOK.
XO0T4 cene3eHOYHbIe KOJIOHUH, IO-BUANMOMY, HEe COZEeprKaT JIMM(OLUTOB, IPYrUe SKCIEPUMEHTHI
[IOKa3bIBAIOT, YTO M JHMMQOLUTH MPOUCXOIAT OT TOH K& CaMOil CTBOJIOBOM KIETKH, KOTOpas
MOPOXKJAeT BCE MHEIOHIHBIC KIETKH. OTO OKCIICPHMEHTHl C TCHCTHYCCKHMH MapKepaMH, C
TIOMOIIBI0 KOTOPBIX MOXHO HJCHTH()UIUPOBATH KIETKH OZHOTO KJIOHA JaXke IIOCNIC MX BBIXOAA B
KPOBSIHOE PYCJIO. BBLIO MCIOJIB30BaHO HECKOJBKO KIOHAIBHBIX MapKEPOB, HO JIyYIIMMHU OKa3aJIUCh
CIIeNUANbHO CKOHCTPYHPOBAHHBIC PETPOBHPYCHL MapKepHBIl BHPYC, Kak H BCE PETPOBHUDYCHI,
MOKET BKJIIOUHTH CBOW I'€HOM B XPOMOCOMY HH(UIUPYEMOIl KJIETKH, HO Y HEro yAaleHBI TeHBI,
HEOOXOAUMBIE I 00pa3oBaHMs HMH(EKUMOHHBIX BHPYCHBIX vacTHL. IloaromMy Mapkep
MPUCYTCTBYET TOIBKO B KOJIOHHM KIETOK, KOTOpble ObIIM IEPBOHAYANPHO HH(UIMPOBAHBL
IToToMCTBO OfHOM M3 TakHX KJIETOK OTJIMYAETCs OT MOTOMCTBA APYroil TOIBKO TEM, YTO Y HHUX
pa3iIMYHbl XPOMOCOMHBIE CalThl MHTErpanuMu BHUpyca. [l aHauu3a MOTOMCTBA KPOBETBOPHBIX
KJIETOK CHa4ana MHQULIUPYIOT KJIETKH KOCTHOTO MO3ra peTpoBupycoM (pasz. 5.5.8) in vitro, a 3arem
BBOJIAT X JICTAJIbHO OOJIy4CHHBIM PELUIHEHTAM; II0CJIe 3TOr0 MOXHO Hcnoub3oBath JJHK-30H7BL,
YTOObl IPOCIEKHBATh IIOTOMCTBO OTACNIBbHBIX HMH(UIMPOBAHHEIX KJIETOK B  Pa3IHYHBIX
KPOBETBOPHBIX U JIHM(OUIHBIX TKAHSX.
OTH ONBITHI HE TOJIBKO IMOATBEPXKIAIOT, YTO BCE KJIACCH KIETOK KPOBH - M MHEJIOHIHBIX, H
IMMQpOUIHBIX - TPOUCXOAAT OT oOmel cTBONOBOW KieTku (puc. 17-32), HO M TIO3BOJSIOT
MIPOCIIEKUBATE «POJOCIOBHBIE» ITUX KIETOK KPOBU B T€UEHHE J01roro BpemeHu. Yepes 1-2 mecsua
TOCIIe TIepeca Kl KOCTHOTO MO3Ta OOJBIIMHCTBO KJIETOK KPOBH OOJIy4eHHOH MBIIN-PENUNUEHTa -
9TO IIOTOMKH He 0oJiee 4eM IOJIyII0KHHbI IUTFOPUIIOTEHTHBIX CTBOJIOBBIX KJIETOK; TakK jk€ 0OCTOHMT
JIeJI0 U CITyCTsl HECKOJIbKO He/lellb, HO TOIJa Y>K€ KIeTKH KPOBH - 5TO HOTOMCTBO IPYroif IPYIIIBI
CTBOJIOBBIX KJICTOK. DTH HaONIOACHUS 3aCTaBILIIOT JyMaTh, YTO OTAENbHAs CTBOJIOBas KJIETKAa B
JaHHBI OTPE30K BPEMEHH TOJIBKO C OYEHb HU3KOH BEPOSTHOCTHIO MOXKET HayaTh oOpa3oBaHHE
KIOHa Iu(GEPEHIMPOBAHHOIO MOTOMCTBA M YTO MEXJAY HAa4aubHbIM 3TAalloM M KOHEYHOIt
1 GepeHIPOBKON IPOUCXOJUT MHO-



183

TUMYC
NumdionaHan ——
cTeonosan Kknerxa (?)
!/'ﬂ KOE-T T-knerwa
L
Nl
@ >
KOE-B B-knetka
@
MnopunoTenThas JoauHodmn
CTBONOBAA KNETKa KOE:-3pauu e
@
KOE-6a3 Balodun

‘
7 e Heatpodiun
“ MoHoumnt

Muenonanan KOE-obuwan ———> Maxpodar

CTBONOBARA
wnertia(?)

z —> TpomBountel

Meraxapwoumur

BOE-3 KOE-3 ApuTpounT

Puc. 17-32. IIpeanonaraemasi cxema KpOBETBOPEHHUs. B HOpMe ITIOPHIIOTEHTHAs CTBOJIOBAsI KJIETKA U3PEIKa JACIUTCS, 00pa3ys MM TaKHE jKe
IUTIOPUIIOTEHTHBIE CTBOJIOBBIE KJIETKH (CaMOOOHOBIIEHHE), MJIM KOMMUTHPOBaHHbIe KieTKu-npeaectBeHHUKH (KOE - kononneoOpa3syromue KieTkm),
KOTOpbIC HEOOPaTHMO ACTCPMHUHUPOBAHBI HA 00Pa30BaHKE TOJIBKO OMPAHNYCHHOTO YHCIIA THIIOB KPOBSHBIX KIICTOK. IIpomudepariiio Ki1eTok-
HPEAIIECTBEHHHKOB CTUMYIIUPYIOT crienrdudeckne GakTopbl poCcTa, HO IIOCTENIEHHO 3TH KJIETKH YTPAaYUBAFOT CIIOCOOHOCTD JIGIUTHCS H IIPEBPAIAtOTCs B
TEPMHHAIIBHO AU((HEepeHINPOBAHHBIC KICTKH KPOBH, KOTOPbIE OOBIYHO XHBYT JIMIIb HECKOIBKO AHEH MM HeJlelb. Y B3POCIBIX MICKOIUTAIOIIHX BCE
[IOKa3aHHBIC 3/1eCh KJICTKH Pa3BUBAIOTCS TIIaBHBIM 00pa3oM B KOCTHOM Mo3re. MCKIIF0YeHNE COCTAaBIIOT T-MUM(OLMTHI, Pa3BUBAOIIUECS B TUMYCE, U
Makpodaru, oopa3syromiecs B 00JIbIIMHCTBE TKaHEeH U3 MoHouuTOB. Hanboee criopHoit B 3TOii cxeMe SBJIAETCS TOYKA EPBOTO PAa3BETBICHHS: HE BBISICHEHO,
CYLIECTBYIOT JIM CTBOJIOBBIE KJICTKH, CIIOCOOHBIC MPEBPAILAThCs TOIBKO B T- 1 B-IMM(pOLHTHL, 1 CTBOJIOBBIC KJICTKH, AAIOIIME HAYaI0 KJIETKAaM BCEX JPYTHX
THUIOB (MHEIOUIHBIM). BIIOIHE BO3MOXKHO, YTO IIEPBUYHBIC IUTIOPUIIOTEHTHBIC CTBOJIOBBIC KJIETKU MOTYT IIPEBPAILATHCS TAKKE B Pa3IMYHbIC TKAHEBBIC
KJICTKH, HE ITOKa3aHHBIC Ha 3TOH cxeMme, Takue Kak kiaeTku NC (KHiiepsl), TyqHble KIETKH, OCTEOKIACTBI U Pa3HOOOPa3HbIE KICTKH, HPEACTABIIAIOIIIE
aHTuTeHb! (pasa. 18.6.10), HO MyTH STUX NPEBPALICHUH TOYHO HE YCTAHOBJICHBI.

’KECTBO KJICTOYHBIX JIEICHHH, TaK YTO B KOHIIE KOHIIOB KJIOH IIOTOMCTBa Oy/eT OYeHb OOJNBIIMM - 10 HECKOJBKMX MMUTHOHOB KieTok. Hecmorpst Ha
OTHOCHUTEIbHYIO DPEIKOCTh M «KBAHTOBBI» XapakTep HavalbHBIX COOBITHH, AubQepeHInpOBaHHbIE KICTKH OOpasyloTCs B IIEIOM HEMPEPBIBHO H C
HOCTOSIHHOM CKOPOCTBIO; 3TO CBS3aHO C PabOTOil peryIaTOPHBIX MEXaHU3MOB, KOTO-



184

pble ISHCTBYIOT Ha IPOMEXKYTOUHBIX dTanax Au((epeHnPOBKY U HOMOTAIOT PETYIHPOBATh KOHEYHYIO YHCICHHOCT KIETOK KayKI0ro THIIA.

17.5.5. YuncJ10 pa3jiMyHbIX KJIETOK KPOBH YBeJIHYMBACTCS B pe3yJibTaTe Ae1eHUsi KOMMHTHPOBAHHBIX KJIETOK-
npeamecTseHHu [23, 28]

Ecnu knetka yxe auddepeHunpopanach Kak S3pUTPOLHUT, TPAHYJIOLHUT U T. J., OOPAaTHBIA IyTh AJIA HEE 3aKPBIT: COCTOsHHUE AU (epeHIIPOBKH
HeoOpatumo. [109ToMy Ha Kakoi-TO CTagHH CBOETO Pa3BHTHSA HMOTOMCTBO INTIOPHIIOTEHTHOH CTBOJIOBOI KICTKH JODKHO OKOHYATEIbHO U OECIIOBOPOTHO
BCTYIHTH Ha KaKOU-TO ONPEeNeHHBIH MyTh auddepeHnnpoBKy. 13 mpocToro uccaenoBaHus KOCTHOTO MO3Tra I0J MUKPOCKOIIOM SICHO, YTO 3TO HPOMCXOIUT
3310JIT0 JI0 TIOCICAHEr0 LUKIIA JCICHHs, HPUBOJSAIIETO K (JOPMUPOBAHHIO 3pElibIX AU(HEPEHINPOBAHHBIX KICTOK: MOXKHO PAaClO3HATh CIICLHAIM3HPOBAHHbIC
KJICTKU-IPEIICCTBCHHUIIBI, KOTOPBIE €IIe AEISATCA, HO yXKe NPOSABIIOT MPU3HAKK HadaBiuelcs auddepeHnupoBku. Takum obOpa3oM, mocie BCTYIUICHUS
KJIETKHU Ha OINIPE/ENICHHBIH MyTh CIEAYET Cepusl JCICHHM, yBEIUYUBAOLIMX YUCIIO KIETOK JaHHOTO CHELUATH3UPOBAHHOIO THIIA.

W3 cka3aHHOTrO BUHO, YTO KPOBETBOPHYIO CHCTEMY MOXKHO PacCMaTpHBATh KaK HepapXHio KieToK. IlIIopHIOTeHTHDbIE CTBOJIOBbIE KJIETKH Jal0T
HAa4Yal0 KOMMHTHPOBAHHBIM KJeTKaM-IpeAllecTBeHHHUIIAM, KOTOpBIE y)XXe¢ HeoOpaTHMO ONpeAeNHINCh KaK HPEeJKH KPOBSHBIX KIETOK OJHOTO MWIIH
HECKOJIBKHX THUIOB. Ilonararor, 4to KOMMHUTHUPOBAHHBEIE KIETKU AENATCS OBICTPO, HO OIPaHHYEHHOE YHCIO pa3. B KoHIle Takoi cepHu NENCHHH OHH
CTAQHOBATCS TEPMHUHAILHO AH(¢epeHIHPOBAHHBIMHA KJIETKAMH, KOTOPbIe OOBIYHO OOJIbLIE HE NENATCS U MOrHOaroT Yepe3 HECKOJbKO JHEH WM Helelb.
HccnenoBanus in vitro 1aloT BO3MOXKHOCTB y3HATh, KaK PEryIUPYIOTCS 9TH KICTOYHBIC IPOIIECCHI.

17.5.6. @aKTOpbI, peryJupyoime reMomnod3, MOKHO UCCJIe0BATH HA KYJAbTYpax KJIeToK [29]

KpoBeTBopHBIE KIETKH OyOyT BBDKHBATh, Pa3MHOXKAThCsl M AnU(dEpeHIUpoBaThCs B KyJIbTYpe TOJIBKO B TOM ClIydae, €CIM CHAOOUTh HX
crneuueckuMu  pakTopamMm pocTa WM BBIPAIMBATE BMECTE C KIETKAaMH, BbIpaOaThIBAIOMIMME 3TH (akropsl. JimurensHas mponudeparnus
IUTFOPUIIOTCHTHBIX CTBOJIOBBIX KJICTOK BO3MOJKHA, HAIIPHMED, IIPH POCTE UX B AUCIECPTHPOBAHHOM COCTOSIHHH MOBEPX CJI0SI KJIETOK KOCTHOMO3TOBOI CTPOMBI,
NPENOTI0KUTEIPHO UMUTHPYIOLIEr0 CPeay B HEMOBPEKACHHOM KOCTHOM MO3re; B TAKUX KyJIbTYpax MOTYT oOpa3oBBIBATHCS MHUEIOMIHBIC KICTKH BCEX
THHOB. JlMCIIeprupoBaHHbIC KPOBETBOPHBIC KJICTKH KOCTHOIO MO3ra MOXKHO TAKXKC BBIPAI[MBATH B IMOJYTBEPAON Cpele M3 arapa MM METHIILCIUIIONO3BI C
nobaBiieHHEM (aKTOPOB, BBIACICHHBIX M3 APYTHX KICTOK. B Takoil moiayTBEpHOil cpee MOTOMCTBO KaXIOH OTICIBHOM KICTKH OCTACTCS Ha MECTE, 00pasyst
JIETKO pacHo3HaBaeMylo KoJoHUI0. OTIenbHasi KOMMUTHPOBAHHAs KJIETKA, HAIPUMEp HPEINIECTBEHHUK HEHTPO(UIOB, MOXKET JaTh HAYaJIO KJIOHY M3 THICSY
Heifrpoduios. Takas cuctemMa KyJIbTypbl HO3BOJISCT UCHBITHIBATH AKTHBHOCTH (PAKTOPOB, MOJJCPKHBAIOIIMX T'€MOI033, U TaKMM 00Pa3oM BBIACIATH UX H
U3y4aTh WX ACHCTBHE. DTH BEIIECTBA OKA3aJIMCh INIMKONPOTCHHAMHU; UX OOBIYHO HA3bIBAIOT KOJIOHMeCTHMYJHpywmumMu (pakropamu, wim KC®. U3 Bce
Bospacraromero ynucina KC®, koropble 0L NACHTHGHUIMPOBAHEI M ITOABEPTHYTHI OUHCTKE, OAHH LUPKYJIHPYIOT B KPOBH U JEHCTBYIOT KaKk TOPMOHBI, B TO
BpeMs KaK JPYrue UrparoT pojib JIOKAJIbHBIX XMMHUYECKUX MeauaropoB (pasa. 12.1). U3 KC® ropmMoHaabHOrO THIA JIyyllle BCErO M3y4YEH INIMKONPOTEHH
SPUTPOIIOITHH, KOTOPHIi BEIPA0ATHIBACTCS B MOYKAX U PETYIHUPYET IPUTPONOI3 (00pa30BaHUE IPUTPOLIUTOB).
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Puc. 17-33. Cxema pasButHs dpuTpodiacta (IpeanIeCTBEHHUKA
SpUTPOLMTA). DPUTPOOIACT BBHITAJIKMBACT SJIPO M CTAHOBHUTCS
HE3PENIbIM YPUTPOLHUTOM (PETHKYIOMHTOM) HE3aJ0r0 IO BEIXOIA
KJIETKM W3 KOCTHOro Mo3ra B kpoBorok. Cnycrs 1-2 nHs
PETHKYJIOLUT HOTEPsIeT CBOU MUTOXOHAPUH U PHOOCOMBI H CTaHET
3penbIM JpUTPOUUTOM. KIIOHBI DPHUTPOLUTOB pPA3BUBAIOTCA B
KOCTHOM MO3r¢ Ha IIOBEPXHOCTH Makpodara, KOTOPBIH
GbaronuTHpyeT M IepeBapuBacT  AApa,  BbIOpachIBacMbIC
3PUTPOOITACTAMH.

17.5.7 JpuTpomnod3 3aBUCUT OT FOPMOHA IpuTponodTuna [30]

OPHUTPOLUTHl COCTABIISIOT OCHOBHYIO MAacCy KIETOK, LMPKYJIUPYIOIMX B KpoBH (cM. Tabm. 17-1). 3penslii SpUTPOLMT IUIOTHO 3aMOJIHEH
TeMOII00MHOM M IIPAKTHYECKU HE COAEPIKUT HUKAKUX OOBIYHBIX KJIETOUYHBIX OpraHeill. B apuTporuTe B3pOCIoro MIeKOMHUTAIOMIEr0 OTCYTCTBYIOT JaXKe sIpo,
SH/IOIUIA3MATUYECKUIT PETUKYIYM, MUTOXOH/PUU ¥ PHOOCOMBI - OHH BBITAIKUBAIOTCS U3 KJIETKU B mpouecce pa3sutus (puc. 17-33). [TosTomMy spuTpouuT He
MOJKET PACTH WU JSIHUTHCS; CANHCTBCHHbBIH BO3ZMOXKHBINH HCTOYHUK 00OpA30BaHHs HOBBIX 3PUTPOLUTOB - CTBOJIOBBIC KICTKH. [IpU 3TOM MPOIOIDKUTENEHOCTD
SKU3HU SPUTPOLIUTOB HEBEJIMKA - OKOJIO 120 1Hel y uenoBeka u 55 aHel y Mbllu. VI3HOIIEHHBIE SpUTPOLMTHI IOTJIOLIAIOTCS M IEPEBAPUBAIOTCS Makpodaramu
B IICUCHH H CEJIC3CHKE.

Henocratox Kuciopoia MM HEXBAaTKa PUTPOLIMTOB IOOYKIAeT KJIETKH [OYEK CHHTE3UPOBATh M BBIEIATH B KPOBb IIOBBIIICHHOE KOJIMYECTBO
SPHUTPOIOITHHA, a IPUTPOIOITHH B CBOIO OYEpelb CTUMYJIHMPYeT OOpa3oBaHHE SPUTPOLHUTOB. I1OCKONBKY YCHICHHBIH BBIOPOC HOBBIX JPUTPOLUTOB B
KPOBOTOK OTMEYACTCs y)Ke 4epe3 OIWH MM [Ba AHS IIOCIE HMOBBINICHHS KOHIEHTPALMK SPUTPONOAITHHA B KPOBH, TOPMOH IOJDKEH IeiiCTBOBATh HA KIETKH,
SIBIISIFOLLUECS] OYEHb OJIM3KUMH MPEIIIECTBEHHHKAMU 3PEJIbIX 3PUTPOLUTOB.

Knetku, pearupyroliye Ha SPUTPONOSTHUH, MOKHO HICHTH(ULIUPOBATH, HOOABISAS IPUTPONOITHH B KyJbTYyphl KIETOK KOCTHOTO MO3ra Ha
HolyTBepHoi cpeme. UYepes HECKOIBKO OHEH MOSABIIOTCA KOJNOHMH IPHMEpHO U3 60 OSpUTPOIMTOB, KaxJas M3 KOTOPBIX IIPOUCXOTHUT OT OXHOIL
KOMMUTHPOBAHHON SPUTPOUIHOM KIETKHU-TIPEALICCTBEHHHULBI. TaKyIo KJIeTKy Ha3bIBAOT KOJIOHHEoOpasyolel equuuieit spurpougaoro psna, win KOE-D, u
OHA J]aeT HAyaJIo 3PEeJIbIM 3PUTPOLMTAM IPUOIU3UTENBHO MOCIIE LIECTH MIIM IAXKE MEHBIIIEro yuciia nukiioB aenenus. KOE-D ee He conepkat reMorio01Ha;

Puc. 17-34. PopocioBHas, TMOKa3bIBAalOIIas  OTHOIICHUS  MEXIY
IUIIOPUIIOTEHTHOH  cTBOJIOBOM  kierkod, BOE-D3, KOE-D wu 3pensiMu

NniopunoTexTHan
creonosan Knetka {KOE)

sputporuramu. Kierku BOE-D u KOE-D sBnsiorcss KOMMUTHPOBaHHBIMU =
=
KJIETKaMHU-TIPEIIECTBEHHUKAMHU  pUTporaHoro psga. Kuerku BOE-D =
pearupyroT Ha HHTEpJIeHKUH 3, HO He pearupyloT Ha SPUTPOIIOITHH, a KICTKU
KOE-D Xopomuio OTBEYaloT Ha 3pUTponodTHH. CepHsi KIETOUHBIX JEICHHIA, #* e BOES
MPOUCXOAIIMX MO/ BIMSAHHEM SPUTPOIOITHHA, - 3TO 3(G(EKTHBHBINA COCO0 \
o
peryJIMpOBaHUS SPUTPOIOd3a Oe3 HapylIeHHs 00pa30oBaHUS IPYTUX KIETOK & N
KPOBH.
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OHH 00pa3yIoTCs U3 KIETOK-TIPEAIICCTBEHHHUI O0Jiee paHHero TUIla, Ipoudeparys KOTOPEIX He 3aBUCUT OT 3PUTPONIOITHHA.

Bropoii xonoxnecTuMyHpylomui Gpakrop - naTepaeiikun 3 (M1J1-3)-oTBeTcTBEH 32 BEDKHBAHHE M NPONU(EPALHIO INIFOPUIIOTCHTHBIX CTBOJIOBBIX
KJIETOK U OOJIBIIMHCTBA TUIIOB MX KOMMHTHPOBAHHBIX IOTOMKOB. B €ro mpucyTcTBHU M3 KyJIbTUBHPYEMBIX KIETOK KOCTHOIO MO3Ta Pa3BHBAIOTCA IOPa3zo
Oonee KpymHbIE SPUTPOUAHBIC KOIOHMH NpuMepHO u3 5000 SpHTPONMTOB Kakaas. DTH KOIOHHH BO3ZHHMKAIOT U3 DPHTPOHIHBIX KIETOK, Ha3bIBAEMBIX
B3PbIBO0OOPA3YIOIIMMH eJHHULAMH 3puTponaHoro psina (BOE-J). BOE-D ominuaercss OT IUIFOPUIIOTEHTHOM CTBOJIOBOW KIETKHM TEM, YTO HMEET
OrpaHHYEHHYIO CIIOCOOHOCTH K MpOoJH(epaluy U AaeT Ha4ajlo KOJOHHUAM, COAEPKAIIUM TOJIBKO SPUTPOLHTEI, JaXe MPU TAKUX YCIOBHAX KyJIbTHBHPOBAHM,
[P KOTOPBIX JPyTHe KIETKA MOTYT MOPOKAATh M MHBIC BUABI AuddepeHrpoBaHHbIX KieTok kpoBu. Oramune ot KOE-D cocrout B ToM, yro BOE-D
HEYyBCTBUTEJIBHBI K OPUTPOIIOITHHY M OT 3PEJIbIX 3PUTPOLUTOB UX OTHACISAIOT LEJbIX 12 KISTOUYHBIX ACJICHHH, VISl KOTOPBIX YK€ HEOOXOIUM IPUTPOHOITHH.
(Ot knerku ommyarorcs or KOE-D eme u no pasmepam, 1 X MOXXHO OTIEIMTH OT MocieaHux HeHTpudyruposanuem.) Takum odpazom, BOE-D cuutator
KJICTKaMU-TIPEALICCTBEHHUIIAMH, KOMMUTHPOBAHHBIMHU JUT AU PEPEHINPOBKH B SpUTPOLMTHI, U panHUME npeakamu KOE-D (puc. 17-34).

17.5.8. Ha o6pa3oBanue HeHTPopUI0B H MAaKPO(}aroB BJIMsET HECKOJIbKO KOJTOHHECTUMYaUpYOumX pakropoB (KCD) [29,
31]

JlBa THna «IpoecCHOHANBHBIX (AroruTOB» - HEUTPOQMIBI M MakpodarupasBUBAIOTCS M3 OJHUX M TEX JK€ KICTOK, Ha3bIBAGMBIX
MIPE/IICCTBEHHUKAMU TPaHyIouuToB U MakpodaroB (I'M). ITono6no apyrum rpanynouutam (303uHodmiam u 6azoduiam), HEHTPOQUIIBL UL HECKOIBKO
9acoB IUPKYIUPYIOT B KPOBH, a 3aTeM IEPEeXONAT U3 KAIWUIIPOB B COSTHHHUTEIbHbIC TKAHH WM JPYrUe cHelu(IIecKue MecTa, IJIe OHU KHBYT HECKOJIBKO
JHEeH, a moToM rHOHYT. B omimume oT 3TOr0 Makpogarn MOryT MeCAlaMH, a BO3MOXKHO, M TOJAMU HAXOAUTBHCS BHE KPOBSHOIO pycCla, IZie CIIOCOOHBI
BO300HOBIIATH NPOIH(EPaIUIO N0 BO3JICHCTBHEM MECTHBIX CUTHATIOB.

Bruto BeIsIBIIeHO YeThIpe pa3nnuHbX KCD, cTuMynupyomux B KyIbType (popMUpOBaHHE KOIOHUN HelTpodumioB u Makpodaros. ITomaraiot, 9ro
in Vivo OHM JEHCTBYIOT B Pa3iIMYHBIX COYETAHMSIX, PEryJupys M30HpaTelbHOe 00pa3oBaHue onpeeneHHbIX KieTok. Oth KC® cuHTe3upyIOTCsl KIETKaMH
Pa3sHOro THMA, B TOM YHCIE SHIOTEIHAIBHBIMU KiIeTKaMu, puOpodiactamu, MakpodaraMu U TUMGOLUTAMHU; IPH OaKTepHaNbHOH MH(EKIMN B KaKOW-THO0
TKaHU UX KOHIIGHTPAlUs B KPOBH OBICTPO IIOBBIMIAETCS, YTO BEAET K YCKOPEHHOMY Iepexoay (aromuTHpPYIOIX KJISTOK U3 KOCTHOTO MO3ra B KpOBOTOK. 13
9THX 4eThlpeX (akTopoB HamMmeHee creuuduuen MJI-3: oH JelicTByeT Ha IUTIOPUIIOTCHTHBIC CTBOJIOBBIC KJICTKHM M Ha OOJBIIMHCTBO KOMMHTHPOBAHHBIX
KJIETOK, BKJItouas mpeamiecTBeHHUKOB I'M. Tpu npyrux ¢axkropa Bo3IEHCTBYIOT Oojiee M30MpaTeIbHO HA KOMMHUTHPOBAHHBIX IPEIIIECTBEHHUKOB ['M 1 ux
T hepeHIIPOBaHHOE TOTOMCTBO (Tadu. 17-2), XOTs B BBICOKOH KOHIIGHTPAIMH HEKOTOPHIE M3 HUX BIHAIOT M HA APYTHE JIHHHU.

Tak ke Kak U 3puTporodTuH, Bce 3Tu KCD sBIAIOTCS IIIMKONPOTEMHAMH, JIEHCTBYIOIMMHI B HU3KUX KOHLIEHTPALUAX (102 M) ITyTEM CBSI3bIBAHUS
CO CHEHHAIbHBIMU PELENTOPaMH KIETOYHOU MOBEPXHOCTH. [IX BO3meHCTBHE Ha KICTKU-IPEANICCTBEHHUKH 3aKIIOYAeTCsl HE TOJNBKO B 3aIlyCKe MEXaHH3Ma
obpasoBanus 1ud(hepeHIHPOBAHHBIX KOJIOHUM, HO M B aKTUBAIMH CIICHAIN3UPOBAHHBIX (YHKIHMI (TaKuX, Kak (aronuTos U yOuBaHHE KICTOK-MUIIEHEH) y
KJICTOK C 3aKOHYEHHOH nuddepeHinpoBkoii. benku, cuate3npoBaHHbIe
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Ta6anua 17-2. Hexortopseie kononuectumynupyouue ¢pakropsl (KCP), ausiomue Ha 00pa3oBaHUe KICTOK KPOBH

dakTop MoJ1. macca Knerkn-mumenu MecTta o0pa3oBaHus
DpUTPONOITHH 51000 KOE-3 Knerku noyex
Hnrepneiikun 25000 ITnrOpUNOTEeHTHBIE CTBOJIOBBIE KJIETKH, OOJIBIIMHCTBO | T-TMM(pOLUTEI, S1HAEpMaIbHbIC KISTKH

KJICTOK-IPEAIICCTBEHHUKOB, MHOTHE TEPMHHAIIBHO
i depeHIMpPOBaHHBIE KIETKU

I'M-KC® ! 23000 I'M -npeniecTBeHHUKH 4 T-1muMQOIHUTBI, SHIOTETHANBHBIE KIETKH,
¢ubpodnacTs

[-KCD 25000 'M-npeecTBeHHIKH * 1 HeHTPODUITBI Makpodaru, pudpodaactst

M-KC® * 70000 (xumep) I'M-npetecTBeHHHKH * 1 Makpodaru DubpobiacTel, Makpodar,

OHAOTCIUAJIBHBIC KICTKH

" KC® nna rpanynonuros u Makpodaros (GM-CSF).
2 KC® nns rpanynomuros (G-CSF).

> KC® st makpodparos (M-CSF).

* [Ipe/IecTBeHHUKY TPAHYJIOLMTOB H MAKpO(aros.

C IIOMOLIBIO KJIOHMPOBAHHBIX T'CHOB JUISl 3TUX (PAKTOPOB, CIY)KAaT MOIIHBIMH CTHMYJIATOPAaMH KPOBETBOPEHHMSI Y BKCICPUMCHTAIbHBIX JKUBOTHBIX, YTO
[O3BOJISIET AyMaTh 00 MX IMPUMCHECHNH B KIIMHUKE UL CTUMYJISINH BOCCTAHOBIICHHS KPOBETBOPHOM TKAHU U IPH JICUCHUH HHMECKIMIL.

Ormucansl Takke (HaKkTOphl, KOTOPbIE CICHU(PUUSCKH CTUMYJIHPYIOT Pa3BUTHE APYIHX BHJOB MHEIOMIHBIX KICTOK, TAKUX KaK MErakapUOLUTHI,
6a30¢uibl 1 03MHO(UIIBI, HO OHM HE TaK XOPOILO OXapaKTEepU30BaHbl, Kak ooOcysxaasiuuecs Boie KC®. EcTb 1aHHBIE O TOM, YTO Hapsay ¢ paCTBOPUMBIMHU
KC®, cpean KOTOPHIX €CTh JIOKAJIbHO CEKPETHPYEMbIC MPOIYKTHI KICTOK KOCTHOMO3TOBOW CTPOMBI, B PEryJSIHN KPOBETBOPCHHS YYaCTBYIOT TaKiKe
CHT'HAJIbHBIC MOJIEKYIIBI, CBSI3aHHBIEC C KIIETKAMHU U C MEIKKJIETOUYHBIM MaTPUKCOM.

17.5.9. IloBenenne KPOBETBOPHOI KJIETKH YACTUYHO 3aBUCHUT OT cjyyasi [29, 32]

KC® omnpenensiior kak (akTopbl, COCOOCTBYIONHE 00pa30BaHUI0 KOMOHUH A (EpeHIMPOBAHHBIX KIETOK KPOBH. TpyaHO TOYHO YCTAHOBHTD,
kakoe BiIHsHHE oKa3biBaeT KC®D Ha OTHENBHYI0 KPOBETBOPHYIO KJIETKY. DTOT ()akTOp MOT OBl HOBBINIATH BEPOSTHOCTh BBDKHMBAHUS KIETKH; MOT OBI
PEryaupoBaTh CKOPOCTH KJICTOYHOIO JACNCHHS WM YHCIO JeIeHHIl, HeoOXOAMMBIX KIETKe-NpealecTBeHHuLe neper auddepenunposkoil. OH Mor Obl
JeiiCTBOBATh Ha MO3AHUX dTanax Aud@epeHuupoBKH 1 oberyath ee; 1 MOr Obl, HAIPOTHB, ACIICTBOBATh HA PAHHMX 3TaNax M BIUATH HA KOMMHTHPOBAHHE
(puc. 17-35). IIpocnexuBas cynp0y OTIENBHBIX H30JHPOBAHHBIX KPOBETBOPHBIX KICTOK B KyIbTYpEe, MOXKHO YCTAaHOBHUTH, Kak ompeneneHHbii KCO,
nHanpumep 'M-KC®, moxer naBath Bce 3TH pa3inuuHbie 3¢ dexTsl. TeM He MeHee 10 CHX MOp He ICHO, Kakue 3((eKThl CymecTBeHHBI in vivo. OcoOeHHO
HEMOHATHBIM OCTAETCs IOBEAEHUE IUIIOPUIIOTEHTHBIX CTBOJIOBBIX KJIETOK: 9TH Ba)KHEHIIIHE KIETKH pa30pOCcaHbl U MaJIOUUCICHHBI - MEHbILE OJHOU Ha THICAUY
KJIETOK KOCTHOTO MO3I'a, - U UX OYECHb TPYIHO HICHTU(DUIINPOBATH C IIOIHOH YBEPEHHOCTHIO.
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1. YacTtoTa genevun

Craocnosan ”
g CTBONDBOW KAETKW

HNeTKa

2. BepoRTtHocTs rvBenn
CTRONOBOR KASTKK

3. BepoAtHocTs Toro,
YTO AOMEPHAR KnNeTHa
CTAHET KOMMHTHPOBAHHEIM
NPefLecT BEHHMKOM
Kaommutuposannan KNGTEH ABHWOIG Tuna
KNETKa =
NpeALECTBEHHWALE

4. BpemA knetTouHoro yvkna
KOMMUTUPOBAHHON
K AETHKW-NPeALUecT BEHHULbI

5. BepoATHocTe rufienn
KNETKA-NPeALLBCTBEH HHMULI

6. Yucno aeneHun
KOMMATHPROBEHHDK
KNETKK- NPEALLECTBEHHWY bI
nepesa TepMAHANEHOR

AnththepeHynposkK ol

7. Bpemn mminn
andrhe peHUM POBaHHBI X
HKNeToK

TepmMuHaneHo
Avdhe peHyMposaHHan
KNETKA KpoaM

Puc. 17-35. TlapameTpsl, ¢ TOMOLIBIO KOTOPBIX MOTJIO OBl PETyIMpOBaThCS 00pa30BaHME KICTOK KPOBU ONpeeeHHOro tumna. Mccenenoanus in vitro
I0Ka3bIBAIOT, YTO KOJOHUeCTUMY Hpyomye ¢paktopsl (KC®D) MOryT BIHATE Ha BCE 3TH aCIEKTHI KPOBETBOPCHHUSL.

Kpome Toro, uccnenoBanus in Vitro mokasbIBalOT, YTO CYLIECTBYET OOJIBIION 3JIEMEHT CIIy4aifHOCTH B BBIOOpE IyTH KPOBETBOPHOM KieTKoit. KCD
HE JIUKTYIOT IIPSMO, YTO KJITKA JOJDKHA JeaTh, a U3MEHSIOT BEPOSTHOCT TOTO MM MHOTO IOBEACHUS. B KyIbTypax KpOBETBOPHBIX KJICTOK, JaXKe €CIIH 3TH
KJICTKH OBUIM IOJBEPrHYTHl OTOOPY Ha MAKCHMAaJbHYI0 TOMOTCHHOCTh IOMYJIALMM, OHH CHJIBHO Pa3M4alOTCs 10 pasMepaM, a 4acTo M IO XapaKTepy
00pa3syroIHUXCst U3 HUX KOJOHHMIL. 1 eciu B3sTh ABE CECTPHHCKHE KJICTKH CPa3y MOCIE ACICHHS U KyJIbTUBUPOBATH [0 OTACIBHOCTH B MACHTHYHBIX yCIOBHSIX,
OHH OyIyT 4YacTo JaBaTh KOJOHUH, COAEP)KAallMe KIETKHM PAa3HOTO THIIA WM XK€ KIETKH TeX K€ THIIOB, HO B Pa3HBIX KOIHMYECcTBaX. TakuMm oOpaszoM, U
HPOrPaMMHPOBAHHE KIICTOYHBIX ICJICHHH, U BBIBEJCHHE KICTOK Ha OINPEACNICHHBIA MyTh An(depeHunpoBkH (KOMMHTHPOBAHHE), BUIMMO, BKIIOYAIOT
Ciy4aifHble COOBITHSI HA YPOBHE MHIMBHIYaJIbHOM KIICTKH, JaKE €CIIM IIOBEJCHHE MHOTOKICTOYHOM CHCTEMBI B LEJIOM HAIEKHO peryimpyercsi. Bompoc o
MOJICKYJISIPHBIX MEXaHH3MaX, JISKAIIX B OCHOBE 3THX IIPOLECCOB, - camasi (yHJaMeHTalIbHAs 3 HEPeIeHHBIX IIPO0JIeM KPOBETBOPEHHSI.

3akaiouenune

Bce mHo2ouucnennvle munvl KpOGAHbIX KIEMOK 6e0ym c80e NPOUCXoxcoeHue om obwjeil nuopunomenmuol cmeonogol Kiemku. Bo espociom
op2anusMe Cmeono8bie KIenKu HAX0O0AMCsl 2IA6HLIM 00PA30M 8 KOCHHOM MO32e, 20€ OHU 8 HOpMe 008OIbHO PEOKO OCISMCsl, NPOU3B00sl HOGble CHIBONIOGbLE
KIemKu (camoobnogiene) uny pasnuinble KOMMUMUPOSAHHbIE KIeMKU-NPeOueCmeeHHUYbl, Kaicods U3 KOMopwlx CNOCOOHA 0asanb HAYAN0 KIEMKAM 00HO20
wiu Heckombkux munog. Kommumuposannvie Kiemku YCUreHHO OesIMCs MO0 G030€lUCMEUeM CUSHATbHBIX 2IUKONPOMEUHOBLIX MONEKYIL (HA3bI6AEMbIX
KonoHuecmumynupyrowumu gpaxmopamu, KC®) u samem oughpepenyupyomes 6 speivle Kiemru Kpogu, KOmopuvle 00bIYHO HCUBYM TULUb HECKONLKO OHell Ul
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Hedenb. H3yueHurn KposemeopeHus CyuecmeeHHO NOMO2aion Onblmbl HA KyIbmypax in vitro, 20e cmeonogvie KIemKiu wii KOMMUMUPOBAHHbIE KIeMKu-
npeowecmeennuybl NPU pocme 8 NOIYMEepooll cpede 06paszyiom Kionansbhvlie Koronuu. OOHAKO NAOPUNOMeEHMHbIE CINEOI06ble KIemKU MATOYUCTEHHbL, UX
MpyOHO pacno3Hasamy u NOKA euje He ICHO, KaK OHU 6bIOUPAIOM 80U NyMb CPeou PA3HbIX 6APUAHIOE PA3GUMUS.

17.6. IIpoucxo:xaenne, BUIOM3MeHeHNE U pereHepanusi TKAH! CKeJeTHbIX MbI [33]

«MBIIICYHBIMID) HA3BIBAIOT BCE THITBI KJIETOK, (YHKIHS KOTOPBIX COCTOHUT B COKPAICHHHU, XOTS B OCTAIFHOM 3TH KJIETKH MOTYT OBITh MaJO CXOIHBI
Mexay coboit. Kak yxe roBopminock B Ii1. 11, COKpaTUTENbHBIN anmapaT, BKIIIOYAOIIMNA aKTHH U MUO3UH, - 3TO (pyHIaMeHTalbHasi 0COOCHHOCTh KMBOTHBIX
KIETOK BOOOLIE, HO B MBINICYHBIX KICTKAX OH OCOOCHHO CHJBHO Pa3BUT. Y MIICKONUTAIOMINX HMEIOTCS YETHIPE IVIABHBIX THIA KIETOK, CIICHUATIHEHO
TIPUCTIOCOOJICHHBIX ISl COKPALICHHS: BOJIOKHA CKEJIETHBIX MBIIIL, KJIETKH CEPACHYHOMN MBIIIIBI, [TIaJKOMBIIICUHbIE U MUOAIUTEINAIIBHBIC KIETKH (puc. 17-36).
OHH pa3InyaroTcs M0 GYHKIUH, CTPYKTYPE U MyTH Pa3BUTHSI.

FNETKE CEPLEYHTR Mo s TR MunanuranwankHan
MbiWbI MblIlUUbI KneTka

W e

(L Ly

Knetka
CKEeneTHomn
MbiLWL bl

Knetku

CKeneTHoW cepaeyHon

aonnxna< ‘

MBI b MbILWLb
w-'“ﬁ -
psamsdH
Hepexbie
BONOKHAE Muoanurte-
nuansHan
Knetka
Knetka,
CexKpeTHpY o -

wan MonoKo

rmaaKoMeiwey- "4
HbIX KNETOK

10 MKkMm
Puc. 17-36. YeTslpe THIa MBIIEYHBIX KIETOK MileKonuTaomux. 4. CxemMaTudeckue n3oopaxeHus (¢ codmronenneM Macmraba). b- /. dororpaduu,
THOJTyYEeHHbIE C TOMOLIBI0 CKAHUPYIOLIET0 MIEKTPOHHOIO0 MUKPOCKOIIa: b - ckenerHas MbILIIa [eH XoMs4Ka; B - cepiieunas Mbliia Kpsichl; /— riajkas
MBIIII[A X3 MOYEBOTO ITy3bIPS MOPCKOI CBUHKH; /{- MHOSIIHTEIHAIBHBIC KICTKH B aJbBEOJIC JIAKTHPYIOLICH MOIOYHOM eie3b! Kpbickl. CTpenkamu Ha (poto B
yKa3aHbl BCTAaBOYHbIE IUCKH (M. pa3a. 11.1.14). O6parure BHUMaHHUE, 9TO IIa/IKas MBILILA [I0OKA3aHa P MEHbIIEM yBEIHYCHUH, YeM apyrue. [b - ¢
nro6esHoro paspewenus Junzo Desaki; C-T. Fujiwara, Cardiac Muscle, in: Handbook of Microscopic Anatomy (E. D. Canal, ed.). Berlin: Springer Verlag,
1986; I" ¢ moGe3noro paspentennst Satoshi Nakasiro; E-7. Nagato et al., Cell and Tissue Res., 209, 1-10, 1980.]
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XoTs Bce OHH, MO-BUIMMOMY, UCTIONB3YIOT [UIS CO3IAHUS MEXAHUYECKOH CHIIBI AKTHH M MHO3HMH, B KIIETKAX PAa3HOTO THUIA 3TH OEIKH HECKOIBKO
Pa3INYarOTCs [0 CBOCH MEPBUYHOIl CTPYKTYpE, M0-pa3HOMY OpraHM30BaHBI BO BHYTPEHHEM HPOCTPAHCTBE KICTKH M aCCOLMMPOBAHbI C Pa3HBIMHM Habopamu
0EIIKOB, PEryJIUPYIONIHX COKPAIICHHE.

KiteTKku CKeNeTHBIX MBIIII, COKPATHTEIbHBIN ammapar KOTOPIX ACTAIBHO PACCMOTPEH B TJI. U, OTBETCTBEHHBI MIPAKTUYCCKH 33 BCE MPOM3BOJIbHEIC
IBIKCHUSI. DTH KIETKH MOTYT HMETh OIPOMHbIE pa3Mepsl (1o monymerpa B 1iuuHy M g0 100 MKM B JuaMeTpe y B3pOCIOro YesIOBeKa) U 3a CBOIO (opMmy
MOJTYYMIIM TAaK)KE Ha3BaHUE MBILICYHBIX BOJIOKOH. Kakaas Takas KieTka IpejcTaBisieT co00i CMHIMTHMN, COepXKallliii MHOTO sijiep B oOiei untomiasme. B
OTJIMYHE OT ITOTO MBILICYHbIC KJIETKH TPEX APYTHX THUIIOB MMEIOT 0ojee OOBIMHOE CTPOCHHE - B HUX TOJBKO MO OAHOMY sApy. KileTku cepaedHoi MBIIIIb
CXOZHBI C BOJIOKHAMHU CKEJICTHOW MYCKYJIaTyphl B TOM OTHOLICHHH, YTO HUTH aKTHHA ¥ MHO3MHA B HHX 00pa3ylOT YIOPsJOYCHHbBIE CHCTEMbI, IPHAAIOLINE
KJICTKE HCUCPYCHHBIA BUJ. [ 7IaIKOMBIMICYHBIC KICTKH MONYYMIN CBOC HAa3BaHHE MOTOMY, YTO OHHM, HANPOTHB, HE BBIIAAT HCYepYCHHBIMH. DyHKUIHH y
TIIaJKOH MYCKyJIaTypsl BeCbMa PasHOOOPA3HBI - OT MPOTAIKHBAHUS MHUIIH MO IMHIICBAPHTEILHOMY TPAKTy OO0 MOTHSATHS IIEPCTH ABIOOM HPH XOJOMAC HIIA
cTpaxe. MHOSIIUTEHANIBHBIE KIETKH (TOXKE JIMLIICHHBIE MCUSPYCHHOCTH) B OTIMYUE OT KIETOK TPEX APYIHX THIIOB JISKAT B JMUTENIMH U IPOHCXOIAT 3
9KTOAEPMBL. DTH KIETKH 00pa3yloT MyCKYJIaTypy PaayXKHOil 000JOUKH Ii1a3a, PaCLIMPSIOLIYIO 3padoK, a TAKXKE UCIIONIB3YIOTCS ISl BBIAABIMBAHUS CIIIOHBI,
1OTa ¥ MOJIOKA U3 COOTBETCTBYIOIINUX Kene3 (cM. puc. 17-36, /).

YeThIpe TIIaBHBIX THIIA MBIIICYHBIX KJIETOK MOXXHO Jajiee MOApa3/IeinTh Ha Pa3HbIe MOITHIIBI, KXl U3 KOTOPBIX UMEET CBOU ocoOeHHocTH. Ho
MBI COCPEIOTOYMM CBOC BHIMAHHE Ha KIIETKaX CKEJICTHBIX MBIIII C UX HHTEPECHBIM MEXaHU3MOM Pa3BHUTHSI, HCOOBIYHBIM CIIOCOOOM penapaiuy MOBPEKACHUH
U TIOPa3HUTEIbHON CIIOCOOHOCTHIO BUIOU3MEHSATHCS B TN (PEPEHINPOBAHHOM COCTOSIHUH.

17.6.1. HoBble KJIETKH CKeJIETHBIX MbIIII 00pa3yloTcsl MyTeM CJAUsIHUSI MHO00JI1AacTOB [2, 34]

B npenpinymeii riaBe ObUI0 ONHMCAHO, KAKMM 00pa3oM ONpeJeIeHHbIC KICTKU, NPOMCXOSINNE U3 COMUTOB Ha OYECHb PAaHHEW CTaJuy Pa3BUTHS
MIO3BOHOYHOTO, AETEPMUHUPYIOTCS KaK MHOOIACTHI (T.e. NpPEIIICCTBEHHHKH KIETOK CKEIETHBIX MBIII) U MHIPUPYIOT B COCEIHIOI IMOPHOHATBHYIO
COCTMHHUTENBHYIO TKaHb - Me3eHXUMY (pa3. 16.6.5). Kak rosopunocs B pa3n. 10.1.8, ato ompenenenue cyap0bI KISTKH Kak MuobacTa (a He ¢pudpobiacra,
HalpuMep), IO-BHIMMOMY, CBS3aHO C aKTHBAlUEH CIELHM(HYECKOro IeHa, YHpaBILIoOmero pasputueM. Ilocie HekoToporo mepuona mpoiaudeparuu
MHOO0JIACThI CIIMBAIOTCS APYT € IPYroM, 00pa3yst MHOTOSIEPHBIC KIETKH CKEJIETHBIX MbIL (puc. 17-37). [Ipu causHUM OHM NpETepHeBaoT pe3Koe H3MEHEHUE
(enoTHIA B pe3ynbTaTe KOOPJHHHPOBAHHOH aKTHBAIUHK Ienoi 6aTapen npyrux renos (pasn. 10.1.8). ITocne o6benunenns MuobnacroB B cunnuruid JJHK B
sApax HUKOTZAA yxe Gonblie He permiupyercs. CiiusHue 00ycIoBIeHO crelu(HIecKUM B3aHMHBIM y3HaBaHHEM MEXIy MHOOJIaCTaMHU: OHH HE CIIMBAIOTCS C
COCEIHMMH HEMBIIIEYHBIMU KJIETKaMH. MoJleKyIsIpHasi OCHOBA IpoIiecca y3HaBaHUs HE M3BECTHA.

Mmno61acTsl, pa3MHOXABIIHECS B KyJIbType LENBIX ABA IO, BCE CIIE COXPAHSIOT CIOCOOHOCTh K Iu(epeHIHpoBKe, W HPH HaLIeKAIEM
N3MEHCHUH KyJbTYpaJbHBIX YCIOBHII OHM OyAyT ciuMBathesi, oOpasys MbllleuHble KICTKH. [lo-BHOMMOMY, KIIOUEBBIM KOMIIOHEHTOM CpPEJbl,
HOJUICP)KUBAIOIIMM HPOIH(EPALMI0O U MPEHATCTBYOWUM HuddepeHIpoBKe, ciy)uT (aktop pocra ¢pudbpodiactos (OP®D): ecin ero ynamuTh, KICTKH
ObICTPO
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Puc. 17-37. Muo0Onactsl in vitro npoudepupyroT, pacroaratoTcst ynopsI04eHHbIM 00pa3oM, a 3aTeM CIIUBAIOTCS, 00pa3ysi MHOTOSICPHBIC MBIIICUHBIC
KiIeTKH. MuKpodoTorpadun xuBoi KyiabTypsl (B ()a30BOKOHTPACTHOM MHKPOCKOIIE) Ha MOC/IE0BATEIbHEIX cTaausax. PoTo B cienano npu GolbeM
YBEIMYECHHHU; BUHA [IONIEPEYHAast HCYEPUEHHOCTh (yKa3aHa JUIMHHOW CTPENKOIi), KOTOpast MOSIBIISIETCS, KAK TOJIBKO HAYMHAET Pa3BUBATHCS COKPATUTEIIbHbIN
anmapaT. BuaHbI MHOTOUYHCIICHHEIE pa B OJHOI KieTke (kopoTkue crpeinky). (C mobe3noro paspemenus Rosalind Zalin.)

MepecTaioT IEeIHUTHCs, CauBaloTcsa W aupdepeniupyrores. OnHaKo cHUcTeMa peryisiuuu ciaokHa. Jms ocymiectBieHus AU(GGHEPEHUINPOBKH MHUOOIACTHI
JIOJDKHBI, HAIPUMeEp, NMPUKPENUTHCS K MEKKICTOYHOMY MAaTpHKCy. IIpH 3TOM MpoLecC CIHSHHUS SBISETCS KOONEPATHBHBIM: CIIMBAOLIMECS MHOOIACTEI,
BHIHIMO, CEKPETHPYIOT KaKHE-TO HeM3BECTHBIC (PAKTOPBI, MOOYKIAIOLINE K CIHUSHUIO JPYTUe MHOOIIACTI.

17.6.2. MbllieyHble KJIETKH MOTYT BUIOU3MEHATh CBOU CBOICTBA B pe3y/bTaTe CMeHbl H30opM cnenuduyeckux 0e1xos
1351

OpHaxapl 00pa30BaBIIAsCS CKEICTHAS MBIIICYHAsI KIETKa OOBIYHO COXPAHACTCS IO KOHIA )KU3HHU JKHBOTHOTO; IIPH 3TOM OHA PAcTeT, CO3pEBACT U
HM3MEHSICT CBOM CBOICTBA B COOTBETCTBHH C (DYHKIIHOHATHEHBIMH HOTPEOHOCTSMH. I'€HOM COINEPXKHT pa3jIMyHbIC BapHAHTHI I'€HOB, KOMUPYIOIIUX MHOTHE
XapakTepHble OCIKH CKEICTHOMBIMICYHBIX KICTOK, HpudeM cruiaiichir PHK-TpaHCKpUNTOB HEKOTOPBIX T€HOB MOXET HPOHCXOAUTH IMO-pasHoMy. B
pesynbTate 00pa3yeTcss MHOXKECTBO BapUAHTOB (TaK Ha3bIBaGMBIX M30(OpPM) OEIKOBBIX KOMIIOHEHTOB COKPAaTHTENBHOTO ammapara. B mporecce co3peBaHus
MBIIICYHOH KICTKU MOAOUPAIOTCS pa3IHIHbIe COYeTaHHs H30(OPM, IIPUCIIOCOONICHHBIE K MEHSIOIIMCS TPeOOBAaHUSIM B OTHOIICHUH OBICTPOTHI COKPALICHUS U
YTOMIISIEMOCTH Y I1JI0/]a, HOBOPOXKJIEHHOT'O ¥ B3POCJIOr0 OpPraHU3Ma.

B onHOli 1 TOI k€ MBIIIIE MOXXKHO HATH CYIIECTBYMOUIHME OOK O OOK MBILICYHBIC KJICTKH PAa3HBIX THUIOB - KAXKIBI THI ¢ 0COOBIM HabOpoM
6enkoBBIX H30()OpM. Y B3pOCIIBIX KHBOTHBIX [BA THIIA JIETKO PACIIO3HATH JaKe HEBOOPYXKEHHBIM INIa30M. KpacHvie mbluieunvle 8010KHA, KaK, HAIPHIMED, B
TEMHOM KyPHUHOM Msice, 60raThl CBA3BIBAIOIIHM KHUCIOPO/ OCIKOM MHUOIIOOHMHOM. Benbie MmbluteuHbie 6010KHA, TAKUE KaK B OEIIOM KypHHOM Msice, COAepKaT
ropaszo MeHblIe MUOrIoOKHA. Pa3nudHoe conepikanne MUOTII00MHA-0elka, POACTBEHHOTO TeMOTTIO0UHY, - OTPaXKaeT Pa3IHYHYyI0 NOTPEOHOCTh B KHCIOPOE:
ULSL KPaCHBIX BOJIOKOH 0OJiee XapaKTepHO OKUCIUTENbHOE (ochopUIHpoBaHUe, sl OeNbIX - aHadPOOHBIN TIUKONIN3. PasnuuHbie THIIBI MeTaboI3Ma B CBOIO
oyepesib CBA3aHBI C PAa3HBIMH TUIAMU COKPATHTEIbHOH akTHBHOCTH. KpacHble BOJOKHA B OTBET HAa CTHMYJLLHUIO COKPAIIAIOTCS MEIJICHHO, OHH MEHBIIE
TOJIBEPIKEHBI YTOMIICHHUIO 1 OoJiee 3 dek-
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Puc. 17-38. JIpa nocie10BaTeIbHBIX CPE3a OJHOTO YYaCTKa MBILIIBI B3POCIIOI KypHIIbl, OKpalIeHHbIE (IyOPECIIEHTHBIMI aHTUTEIAMH, CTIeU(DHIECKUMHU TS
IIBYX pa3HbIX u3opopm muosuHa. 4. benbie (ObICTpo cokpariaronmecs) KISTKH OKPAIIeHbl aHTHTENAaMH K «ObIcTpoMy» MHO3HHY. b. KpacHble (MeaieHHO
COKpaLIAOIINECs ) KIETKH OKpPALICHbI aHTUTEIaMH K «MeJUIeHHOMY» MHo3uHYy. (G. Gauthieret al., J. Cell Biol, 92, 471-484, 1982.)

THBHBI TIPH HEOOXOAMMOCTH JUIMTEIIBHBIX yCHIIHI. Benble BOJIOKHA al0T OBICTPBIil OTBET, JIerde yTOMISIOTCS U Oosiee 3 ()EKTUBHBI P OTACIBHBIX OBICTPBIX
JBIKEHUSIX. Takue MBIIIIBI, KaK, HAPUMEp, OULETNChI, 0OBIYHO COAEPIKAT CMECh HECKOJIBKHUX TUIIOB MBIIICYHBIX KJICTOK B COOTHOIICHHH, ONTUMAIBHOM UL
(YHKLIMIOHUPOBAaHMS JAHHOU MBI (puc. 17-38).

VI3MeHsish XUpYypPruuecKUM IyTeM HHHEPBALHUIO MBIIIL WIM HCKYCCTBEHHO CTHMYJMPYS MX B)KHBICHHBIMH 3JICKTPOJAMHU, MOXKHO IOKa3aTh, YTO
YaCTOT 3JIEKTPUYECKOr0 BO3OYXKICHUS CHIBHO BIIHSACT HA KAPTHHY SKCIPECCHH T'CHOB B MBIIICYHOM KiIeTKe. ECIM «MEUICHHYI0» MBILICUYHYIO KICTKY
CTHMYJIMPOBATh C YaCTOTOH, O0JIee MOAXOSAIIEH 11 «OBICTPOH» MBIIIIBI, TO OH YAaCTHYHO NPEBPAIACTCS B OBICTPYIO, M HA00OPOT; 3TO MPOUCXOIUT OTYACTH
3a cuer cMeHbl m3odopm OenkoB. Kak Mbl yxe Bumenu (pasn. 17.4.3), Takue M3MEHEHHs BO3MOXKHBI HE TOJNBKO B MBILICUHBIX KIETKAaX: «IEPEKIIOYCHUS
9KCIPECCHH T'CHOB, IIPUBOAIIME K MosiBIeHuI0 BapuanToB MPHK, waere mpoucxomsr npu co3peBannn audhepeHINpOBaHHON KICTKH WX [IPH €¢ PEaKIUX Ha
OKPYKafoIlINe YCIIOBHS.

17.6.3. HexoTropbie MHO00JIACTBI COXPAHAIOTCH BO B3POCJIOM OPraHU3Me KaK IHOKOsIIIMecs: CTBOJI0BbIE KiIeTkHU [36]

MBI1IIa MOXET PacTd TPEeMs CIOCOOAMH: BO3MOXKHO YBEIHYCHUE AIUHBI AU((GEPCHIMPOBAHHBIX MBIIICYHBIX BOJOKOH, HX TOJIIMHBI M UX YHCIA
TTockoNbKY KI€TKH CKEJICTHOW MBIIIIEI He CIIOCOOHEI AENIHTHCS, HOBBI BOJIOKHA MOTYT BO3HHKATh TOJBKO ITyTeM CIMSHUSI MHOOIAcTOB. UHCIIO MHOTOSIIEPHBIX
KJICTOK B CKEJICTHBIX MBIIIIAX ()aKTUYECKH JOCTUIACT YPOBHs, CBOHCTBEHHOI'O B3POCIOMY OPraHM3MYy, Ha BECbMa PaHHEI CTaJiuy Pa3BUTHS, y YEIOBEKa - €IIe
10 poskaeHust. Ilocnenyroniee KonoccaabHOE HapacTaHUE MBILICYHON MacChl HACT 3a CYET yBEINUYCHUS Pa3MEPOB OTACIBHBIX KICTOK. POCT MBIIIIBI B JUIMHY
3aBUCHUT OT BKIIOYEHHS Bce OOJBINEro YHClia MHOOJIACTOB B CYIIECTBYIOIINE MHOTOSIEPHBIC KICTKH, IJIaBHBIM 00pa3oM HAa MX KOHIIAX, YTO YBEJIMYHBACT
YHCIIO Aep B KaXI0i KieTke HanpoTus, yTonmieHne MbINIIbI, KaK, HAIPUMEp, Y IITAHTHCTOB, 3aBHCHUT OT YBEIMYCHUs Pa3MEPOB M YHCIIA COKPATUTEIBHBIX
MHODHOPHILT B KXKIOM oTAenbHON KiIeTKe (pa3a. 11.1.1), a He OT U3MEHEHHsI YMCIIa MBIILCYHBIX KJICTOK WITH UX SIep.

TeMm He MeHee U BO B3pOCJIOM OpPraHH3ME COXPAHSIOTCS HEMHOTOYHCICHHBIE MHOOIACTEL. JTO MajJeHbKHE, YIUIOIICHHbIE H HeaKTHBHBIC KIICTKH,
HaXOAIINECS B TECHOM KOHTAaKTE CO 3pelIbIMU MBIIICYHBIMU BOJIOKHAMH U OKPY’KEHHbIE CBOCH 0a3anbHOIl MeMOpaHOi. B ciryuae noBpexaeH s MBIIIIBI WITH
npu ee 06paboTke haxropoM pocta GrOPOOIACTOB B ITUX TaK
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Puc. 17-39. PajguoaBrorpady OJHOrO MHOTOSJCPHOIO MBILICYHOTO
BOJIOKHA C IPUICTAIOUMMU KJIETKaMH-CaTe/UINTaMu. BoJoOKHO OblI0
BBIJICTICHO y B3POCIIOH KPBICHI U MEPEHECEHO B KYJIBTYPAIBHYIO CpPE.y,
conepxkaniryto “H-THMUIMH M DKCTPAKT M3 TOBPEK/IEHHOH MBIIIIIBI,
KOTOPBI ~ CTUMYJIUPYeT JCJICHHE KIETOK-caTe/unuToB. Jlemsmuecs
caTeIUThl (TIOKa3aHbl CTPENIKaMM) BKIIOYWIN METKYy (3epHa cepebpa
MMEIOT BUJI YEPHBIX TOYEK). SIipa MBIIIEUHBIX KIETOK HE CIIOCOOHBI K
JIeJICHUIO M octaroTest HemedeHHbIMU. (R. Bischoff, Dev. Biol., 115, 140-
147, 1986.)

fapa -
UbILIEYHO A -

KneTK H\/ 4

e
20 MKKm

Ha3bIBaEMBIX KJICTKaX-CaTeIUINTaX Mpo0yxKaaeTcs npoiarudepaTuBHAs aKTHBHOCTE (puc. 17-39), M X MOTOMKH MOTYT CJIUBATHCS, 00pa3ysl HOBBIE MBIIICUHBIC
BOJIOKHA. TakuM 00pa3oM, 9TH IHOKOSIINECS CTBOJIOBBIC KIETKH B 3PEJION CKEJIETHOM MBIIILE HAXOMATCS B pe3epBe, HO NPH HAJOOHOCTH MOTYT CIY>KHTb
CaMOOOHOBIIAIOINMCS HCTOYHHKOM TEPMUHAIBHO AH((PEpeHIIPOBAHHBIX KICTOK.

3akJjouenune

Knemku (8010KkHa) ckenemHbix Mbluty Y HO360HOUYHBIX COCMABNAION OOUH U3 YeMbIpex U008 CREeYUAIUZUPOBAHHBIX KIEeMOK, HECYUUX (DYHKYUIO
coxkpawenus. Onu omeemcmeenHbl 3a npou3soabhvle 0sudxicenus. Kaxcoas kiemka npedcmaensem co6ou CUHYUmMuil u 00pazyemcs 6 pe3yabmame CAusiHus
Muobracmos. Muobracmer mozym Guims CMUMyAUposansl K npoaudepayuu axmopamu pocma, maxkumu kaxk @P®, Ho nocie crusus OHU yyice 0eIUmosCs He
moeym. Cnusinue MUoOIACMO8 0ObIYHO CONPSINHCEHO ¢ HAYALOM OUPPEPEHYUPOBKU MbIUEYHOU KIemKU, Ko20d 6 Hell KOOPOUHUPOBAHHBIM 00paA30M
BKIIOUACNC MHO20 PA3IUYHBIX 2€eHO8. Bnociedcmeuu kiemku mo2ym 6udousMensmo ceoli Oupgepenyuposannpliii xapakmep nymem usMeHeHus. Habopa
cunmesupyemolx umu u3ohopm 6enkos. B mbiuyax 63pociozo opzanuzma 4acme MuoOIACMO8 NPOOOINCAC CYuecmEosanms 6 COCMOHUL NOKOS 8 GUOe
KIemoK-cameinumos. B ciyuae nospescoenus Moluiybl OHU USPAION POlb CMBON0BLIX KIEMOK - HAYUHAIOM RPOIUPEPUPOSamb U CIUBAMbCs, HMOOb
603MECIUNTL YMPANLY MbIUEUHbIX 60JIOKOH.

17.7. ®u6po06./1acTHI U UX NPEeBPALCHUSI: CEMEIICTBO COeIMHUTEIHLHOTKAHHBIX KJIeToK [37]

MHorue audepeHIHpOBaHHbBIC KICTKU B3POCIOr0 OPraHU3Ma MOXHO OOBEIMHHUTH B CEMEIICTBA, NPUHAUICKHOCTh K KOTOPBHIM OHPCACISCTCS
IPOHCXOXKICHHEM U CBOHCTBAMH KJICTOK. BaxkHBIM HpHMep - CeMEHCTBO COCTHHHTEIPHOTKAHHBIX KICTOK; WICHBI €0 HE TOIBKO POJCTBEHHBI, HO H B
HEOOBIYHON CTEMEHH CIOCOOHBI K B3aMMHBIM IIpeBpamieHHs M. B 310 cemelicTBO BXoIIT (GUOpOOIAcTBI, XpSIIEBbIC KICTKH U KOCTHBIE KIETKH. Bce oHu
CIENMATN3UPOBAHbI UIsI CEKPEIIHU MEKKJICTOYHOTO MATpPHKCA, COAEPIKAILEro KOJIareH, H COBMECTHO 00pa3yloT «apXHTEKTYPHBIH KapKac» Tella BMECTE C
JKHPOBBIMH KJICTKAMH U KJIETKAMH I7TafKON MYCKYJIaTypbl, IMEIOIIMMH, [I0-BUAUMOMY, TO XkKe Ipoucxoxaenue. Ha puc. 17-40 u306paxxeHb! 3TH THIIBI KIETOK
U [IOKa3aHbl X BO3MOXKHBIE IpeBpaieHus. CoOeIMHUTEIbHOTKAHHBIE KICTKU UIPAIOT LEHTPAIBHYIO POJIb KAK OIOPHBIE 3JIEMEHTHI

KocTHan knetxka XpAwesan Knetka
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Puc. 17-40. BzaumHble NpeBpalleHus, NO-BUIUMOMY,
MIPOUCXOIIINE BHYTPHU ceMmelcTBa
COeMHHUTEIFHOTKAHHBIX ~KJIeTOK. JIms  ymporeHus [ naaKoMbiwesHan KneTKa
(ubpobacTsl mpecTaBiIeHbl KICTKOH OQHOrO THIIA, B
JOEHCTBUTENPHOCTH JK€ CYIIECTBYeT MHOTO THUIIOB
¢ubpobacToB; YMCIO UX, OJHAKO, HE YCTaHOBICHO,
TaK e KaK MX MIOTeHUUH K Ju(PepeHIIpoBKe.

Kuposas knetwa
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Puc. 17-41. A. ®a30BOKOHTPACTHASI MUKPO(OTOrpadusi MBILIMHOTO
¢ubpobiacta B KyabType. 5. 300paxeHus sKuBoi
($udpob6nacTono00HON KIETKH B IIPO3PAYHOM XBOCTE I'OJIOBACTUKA;
OKa3aHbl H3MEHCHHUS e¢ (POPMBI H TTOJI0KCHHS B TCUCHUE HECKOIBKHX
nHeil. OOpaTuTe BHUMaHUE Ha TO, YTO, XOTS B KYJIbType puOpodIacTs
PACIUIACTBIBAIOTCS], B TKAHSX OHU MOTYT UMETh 50JIee CI0XKHYIO
KOH(UTYPALHUIO C MHOTOYHCICHHBIMI OTPOCTKAMH. (4 - ¢ M00e3HOro
paspemenus Guenter Albrecht-Buehler; 5 - uz E. Clark, Am.J.Anat.,
13,351-379, 1912.)
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Y yYaCTHHKH BOCCTAHOBHUTEJIBHBIX HPOLIECCOB ITOYTH B KKION TKAHU U KOXKIOM
Oprase; IUIACTUYHOCTh MX AU((PEPCHUUPOBKH MMEET OONBIIOE 3HAYCHHUE NPH
peaknuaX Ha Pa3HOTO POJa MOBPEKICHU.

17.7.1. ®udpobdIacTHl H3MEHSIOT CBOM CBOWCTBA B OTBET
HA CHTHAJIBI OT MEKKJIETOYHOIro MaTpukca [37, 38]

OubpobIacTsl - IMO-BUIMMOMY, HAHMEHEE CICLHAIM3HPOBAHHBIC
KICTKH B CEMCHCTBE COCOMHUTCIBHOTKAHHBIX  KIETOK. B cocraBe
COCMHHUTENFHON TKaHH OHH Pa30pOCaHEI 110 BCEMY OPTaHH3MY H CEKPETHPYIOT
MSTKHIl BHEKJICTOUYHBIH MaTpUKC, GoraTelii kojutareHoM tuna | w/mma tuna 111,
Kak 3To omucaHo B T 14 (pasa. 14.6.2). B cimydae mMOBpEXACHHS TKaHU
6mkHre GUOPOOIACTHI MUTPUPYIOT B paHy, Pa3MHOXKAIOTCS TaM H 00pa3yloT
Oonplupe KOJIMYECTBA  KOJUIArGHOBOTO  MaTpHKca, KOTOPBI  roMmoraer
M30JIMPOBATh W BOCCTAHOBHTH MHOBPEKICHHYIO TKaHb. CIOCOOHOCTH ITHX
KJIIETOK CYIECTBOBATh M JICHCTBOBATH B HEOOBIYHBIX YCIIOBHSX PaHBI HApSIY C
UX «OAMHOYHBIM 00pa30M >KH3HM» IO3BOJISET OYEHB JICTKO BBHIPAIIUBATH UX B
KyJIBTypE, YTO JENACT HX H3T00ICHHBIM OOBCKTOM HCCICAOBAHMIT KICTOYHBIX
6uonoros (puc. 17-41).

Kaxk moxa3zano Ha puc. 17-40, ¢pubpobiacTsl - 9T0, BUAUMO, CaMble

[UIACTUYHBIE M3  COCAMHUTCIBPHOTKAHHBIX  KJICTOK: OHH  NPOSBISIOT
YIHBUTEIBHYIO CIIOCOOHOCTH nu(depeHnnpoBaThCs B IPYrUX MpeICTaBUTENCH
TOro e ceMelicTBa. OHAKO, IPeXke YeM YIIIyOIsThCsl B ICTAIH, MBI JOJDKHBI
[PEOCTEPedh OT CIIHMIIKOM IIOCICHIHBIX BBIBOJOB. ECTh Beckue IaHHBIC B
MOJNB3y TOTro, 4TO (HUOpOONIACTEI B Pa3HBIX YacTSAX OpraHU3Ma BHYTPCHHE
pazimnuubl (cM. [Ipunoowcenue B KOHLE OTOM TJaBbl); HE MOXET OBITh
YBEPEHHOCTH JaXe B TOM, 4YTO B OJHOM Yyd4acTKe Bce (GuOpoOIacTh
9KBHBaJICHTHBL. [IpoIe Bcero NpernonokuTh, YTO OHU HIECHTHYHBI, IIOCKOIBKY
HE JI0Ka3aHO, 4TO 3TO He TaK. OJHAKO BIIOJHE BO3MOXKHO, YTO COCIMHUTENbHAS
TKaHb COJICPIKUT CMECh Pa3IHYAIOMIMXCS JUHUI (GuOpo0IacToB, U3 KOTOPHIX
OJIHH CHIOCOOHBI IPEBPAIATHCS B XOHIPOLUTEI, APYTHE - B JKHPOBBIC KICTKH, U
T.0.; OTCYTCTBHE BHIMMBIX pa3IMYUi He O0S3aTEIbHO O3HAYAET, 4YTO
CYILIECTBYET TOJIBKO OAUH THIT (HHOPOOIACTOB C MHOKECTBEHHBIMH TTOTECHLUAMH
pasBuTHsi. Bo3MoxkHO Taxoke, 4TO «3penbie» (GUOpOOIACTHI, HE CIIOCOOHBIE K
TpaHc(opMaLH, CYLIIECTBYIOT OOK 0 OOK ¢ «HE3peNbIMH» (MX YacTO Ha3bIBAIOT
ME3CHXHMHBIMH KJIETKaMH), KOTOpPbIE MOTYT NPEBPAILAThCS B 3pEible KICTKU
Pa3HOTO THUIIA.
HecmoTpst Ha 9TH HESICHOCTH, OJJHAKO, UCCIIENOBAHMS in Vivo M in vitro yeTko
[0Ka3aJM, 4TO CBOMCTBA COCAMHHTEIBHOTKAHHBIX KIETOK MOIYT PaiHKaIbHO
U3MeHAThesl. Hampumep, eciu mpemapaT KOCTHOTO MaTPHKCA, ITOIyYeHHBIH
pa3MaibIBaHHEM KOCTH B TOHKHH IIOPOILIOK M JJIIOMPOBAHHEM TBEPIOro
MUHEpaJIbHOTO BEILIECTBA, MMIUIAHTHPOBATh B JEPMAIIbHbIN CIOH KOXH, TO TaM
HEKOTOpbIe KJIETOYHBIC OJJIEMEHTHl - BO3MOXKHO, KOXHBIE (UOpOOIacTsl -
NPEeBPAILAIOTCS B XPAIIEBBIC KICTKH, a HECKOJIbKO MO3KE APYrHe KIETKH
TpancopMupyiotcss B koctble. [Ipi 3ToM o6pasyercss HEOONBIIONH KycO4eK
KOCTH, HMEIONIMII Jake KOCTHOMO3TOBYIO IIOJOCTb. OTH pe3yJIbTaThl
MO3BOJISIIOT  AyMaTh, YTO KOMIIOHEHTBI BHEKJIETOYHOIO MATPUKCA MOTYT
crIpHEHIIM 00pa3oM BIUATH Ha TU((HEPEHUHUPOBKY COSTHHUTETLHO-
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TKaHHBIX KJICTOK. Jlaiee Mbl yBHIMM, YTO CXOAHBIC IPEBPALICHUS KICTOK UIPAIOT BAKHYIO POJIb U IIPH CPACTAHUM KOCTEH mocie nepenomoB. [Tokasano maxe,
YTO KOCTHBIH MaTPUKC COJEPXKUT B ceOe BHICOKUE KOHLEHTPALIMH HECKOJBKUX (haKTOPOB POCTA, BIUSIOIIMX HA MOBEACHHE COCANHUTEILHOTKAHHBIX KIIETOK,
nanpumep TGF- (tpanchopmupyronmii pakrop pocra (3-cm. pasa. 13.3.4, tabia. 13-1), KOTOpBIi, Kak YCTAaHOBJICHO, HHAYLHPYET AU (EpeHIPOBKY Xpsiia
in vitro.

17.7.2. BHeKJIeTOYHBI MATPUKC MOKET BIAMATH HA TU(PdepeHInPOBKY COeTNHUTEIbHOTKAHHBIX KIETOK, U3MEHsIS UX
¢opmy u cnocodHOCTH K MpUKpeneHnio [39]

BHeEKJICTOYHBIH MaTPUKC MOXET BIMATH Ha AU((EPEHIUPOBAHHOE COCTOSHHE COCAMHHUTEIBHOTKAHHBIX KICTOK Kak (DU3MYECKMM, TaKk H
XUMHYECKUM ITyTeM. DTO OBUIO MOKa3aHO B HCCIICAOBAHMUAX Ha XPSIUEBBIX KICTKAX (XOHOPOYUmax), pacTylux B KyibType. IIpu HaaIeKalux yCIoBUsIX 3TH
KJICTKH DPa3MHOXKAIOTCSl M NOANEPXKUBAIOT CBOI MU (EpeHIINpOBaHHBIA CTAaTyC, CHHTE3UPYsl Ha HPOTSHKCHHH MHOTHMX KJICTOYHBIX IOKOJICHUH OobIine
KOJIMYECTBA BEChbMa XapaKTEPHOIO XPSIIEBOr0 MaTPHKCA, KOTOPBIM OHH camu cebst OkpyxaioT. OfHAKO eCIM KyJbTypy BECTH NMPH OTHOCHUTEIBHO HM3KOH
IUIOTHOCTH KJICTOK B BH/C MOHOCIOS Ha KyJIbTYPalIbHOM dYallKe, TO IPOUCXOAUT TPAaHCHOPMALMS: KICTKH TEPSIOT OKPYIiIylo (GopMy, THNHYHYIO IS
XOHJIPOIIUTOB, PAcIUIACTHIBAIOTCS HA CyOCTpaTe U IepecTaloT BhIpabaThIBaTh XPSIEBOH MaTPHKC. B 4acTHOCTH, OHHU IIpeKpamaroT CHHTe3 KojulareHa tumna II,
XapaKTepHOIro JUIsl Xpslia, a BMECTO TOr0 HAYMHAIOT MPOU3BOMNTH KOJUIareH THma I, xapakTepHbld it ¢puOpobiacToB. 3a Mecsl CyIeCTBOBAHUS TaKoi
KYJIBTYDBI IIOYTH BCE XPSIICBHIC KICTKH MEPEKIIOYAIOT IKCIPECCHIO TCHOB KOJUTareHa W mpuobperaror Bua GubpodaactoB. buoxumudeckue n3MeHEHHs B
KJIETKE JOJDKHBI IIPOMCXOAUTH BHE3AITHO, TAK KAK JIMIIb B OYeHb HEMHOTHX KJICTKaX OTMEYaeTcsl OJHOBPEMEHHBIH CHHTE3 KOJIareHa 000MX THIIOB.

PasHoro ponma sKCHEpHMEHTANBHBIC NAaHHBIC T'OBOPST O TOM, YTO OHMOXMMHMYECKHE H3MEHEHUs IO KpaiHell Mepe 4YacTHYHO HHIYLHPYIOTCS
u3MeHeHneM (OPMBI KJIETOK M MX NpUKperuieHus. Hampumep, XOHAPOLMTHI, mperepreBmre TpaHcopmanuoo B GuOpodIacTOnof00HbIEe KIETKH, MOXKHO
OCTOPOXKHO OTJIENUTH OT IIOBEPXHOCTH KyJIbTYypalbHOH YalllKi U NEPEeHEeCTH Ha YallKy ¢ arapo3oid. OOpa3ys reib, arapo3a yIepiKUBaeT KICTKH B COCTOSHUH
cycreH3un, 6e3 MPUKPEIUIeHHsI K cyOcTpary, M 5TO 3acTaBISIET MX HPHHUMATh OKPYINTyIo (opMy. B Takux ycloBHSX KIETKH BCKOpE BHOBb IPHOOPETAIOT
CBOMCTBA XOHAPOLIMTOB ¥ HAYWHAIOT CHHTE3UPOBATh KoJUIareH tuma I1. Bompoc o ToM, kakum 00pa3oM (popma KIETOK U HX MPUKPEIUICHHE MOTIIH ObI BIUSTD
Ha 9KCIIPECCHUIO TeHOB, 00Cy)aaetcs B pa3n. 13.3.6.

Jlns GONBLIMHCTBA KIIETOK, OCOOCHHO COCAMHUTENbHOTKAHHBIX, BO3MOXKHOCTH IPHKPEIUICHHSI 3aBUCAT OT OKPYIXKAIOLIEr0 MaTpHKCa, KOTOPBIH
00BIYHO BBIPa0ATHIBAIOT caMu KieTKH. TakuM 00pa3oM, KIETKa COo3aaeT cebe OKpyKEHHE, KOTOPOe B CBOKO O4Yepe/b BO3ACHCTBYET Ha KIETKY, 3aKPEILIIs ee
1 depeHIIpoBaHHOe cOCTOSHME. boiee TOro, BHEKICTOUHBIH MaTpUKC, 00pa3yeMblil KIETKOH, OTYaCTH CO3JaeT OKPY)KEeHHe H IS COCEHHX C Hell KIIETOK,
crocoOCTBYs MX AUddEepeHINPOBKE B TOM XKe HarpaBieHHH. MOXHO HaOII0aTh, HATPUMEp, KaK B Pa3BHBAIOLIEMCS OPraHU3Me WM B KyJIbTYPaJbHOI Jalike
YBEIMYHBACTCS TPYIIa XOHAPOLIMTOB, 00pa3yolIas y3eI0K XPsIIla, B pe3yIbTaTe MPEBPAICHIS HAXOAAIMXCS PsiaoM (prOpob1acToB B XOHAPOLUTSL.
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Puc. 17-42. IIpeppanienne Gpuobpo6IacTONOR00HOH KICTKU-TIPEIUIECTBEHHNKA B 3PEITYI0 )KHPOBYIO KJIETKY B PE3YJIbTaTE HAKOIUICHUS M CIIUSHUS JKMPOBBIX
kanenek. Kak nmokaszaHo cTpenkaMu, 3TOT IPOLECC MO KpaiHel Mepe yacTHyHO oOpaTum. KieTky, HaxonsIuecss B Ha4ajabHOW WIIM MIPOMEXYTOYHON CTaJlUH,
MOTYT JCIUTBCS, HO 3penasi )KUPOBas KJIETKa K 3TOMy HE CIocoOHa.

17.7.3. PaziM4uHble CUTHAJIbHBIC MOJICKYJIbI, ICHCTBYH N0CJIE10BATEIbHO, PEryJIMPYIOT 00pa30BaHue :KUPOBBIX KJIeTOK [40]

IonaraioT, 4To sKHPOBbIE KJIETKH, WIM ATHUIONMTHI, Y MICKOINMTAIONIMX TOXE Pa3BHBAIOTCA u3 (HHOPOONACTONOJOOHBIX KIETOK, KaK B XOJe
HOPMAaJIbHOTO Pa3BUTHS, TaK U IPU PA3IMYHBIX TATOJNOTHAX, HAIIPUMED TIPU MUOAMCTPO(HH, KOTJa MBIIICYHBIE KJIETKM MOTHOAIOT U IIOCTETICHHO 3aMEIAloTCs
’KUPOBOI COCJMHUTENBHON TKaHbIO. JludpdepeHnupoBka UpOBOil KIETKM HauMHAeTCs ¢ 00pa3oBaHUs CHEHU(PUUECKUX (EPMEHTOB; 3aT€M HPOUCXOIUT
HAKOILICHHE JKHPOBHIX KallelleK, KOTOphIE B JalbHeiIeM CIMBAIOTCSA H yBEIHUYUBAIOTCS B 00BbEME, HACTOIBKO CHIIBHO PACTATHBasi KJIETKY, YTO OCTAeTCs IUIIb
TOHKHIT 00010K LUTOILIa3Mbl BOKPYT Macchl sxupa (puc. 17-42).

DaxTOophl, BIUSIOIIUE HA 3TOT NPOLECC, MOXKHO HUCCIIE0OBATh B KyJIbTYpE KJIETOK, HCIOJb3Yys KJIETOUHbIE JMHHUH, HATPUMEDP HEKOTOPBIE IITAMMBI
MbIIKHBIX K1eTok 3T3. BHavane 6bU10 00HAapyKeHO, YTO JUL Pa3BUTHA )KUPOBBIX KIETOK B KyJIbTYpe HEOOXOAUMO HPHCYTCTBUE CHIBOPOTKHU IJIOJA KOPOBEI -
OOBIYHOTO KOMIIOHEHTA KyJbTYpanbHOH cpenpl. ['maBHBIA (aKTOp CHIBOPOTKH, 3amycKarommid aud@pepeHnnpoBKy >KMPOBOH KIETKH, TO31HEE Obll
UJICHTH(UIUPOBAH KAK 2OPMOH pocma - Oenok, 6 HOPME BBLICIAEMbI B KPOBAHOE Pyciio Turodu3oM. IlomydeHsl naHHbIE, YTO 3TOT TOPMOH CTUMYIIHpPYET
I EPEHIMPOBKY HE TOJIBKO JKUPOBBIX KJIETOK, HO M XOHJPOLHUTOB, M OKa3bIBAaCT TaKoe JCHCTBHE Kak in vitro, Tak u in vivo. Ho ropmon pocra - 310 He
€IMHCTBCHHAs CeKPETHPyeMasi CUTHAIbHAs! MOJIEKYJa, PEryIupyIolas Pa3BUTHE KHPOBBIX KIETOK. [IpeaIiecTBeHHUKY )KUPOBBIX KICTOK, CTUMYIHPOBAHHBIC
TOPMOHOM POCTa, CTaHOBATCS 4dyBcTBHTENbHBIME K IGF1 (MHCynmHOMOmoOHbIN (akTop pocta 1), KoTOpHIl M00yX)naeT auddepeHInpyroIIHecs KXUPOBbIe
KJICTKHU K Ipordeparyu.

Ha muddepeHnnpoBKy KUPOBBIX KIETOK, TaK XK€ KaK M XOHAPOLHUTOB, BIUAIOT (haKTOPHI, H3MEHSIOMNE HX (opMy H Npukperienne. Hanpumep,
muddepentuposka kiaeTok 3T3 B )KHPOBBIE KICTKU MOAABISAETCS, €CIM Y HUX €CTh BO3MOXHOCTh PACILIACTAThCS HA NMOBEPXHOCTH KyJIBTYPaIbHON YallKH,
HOKPBITOH (UOPOHEKTHHOM, K KOTOPOMY OHHU IIPOYHO NpuiunaoT. OJHAKo 5TO MOAABICHHE MOXKHO CHATH C IOMOIIBIO LINTOXANa3KMHa, TaK KaK OH pa3pyIllaeT
AKTUHOBBIC HUTH H B PE3yJIbTaTe KICTKH OKPYTIIAIOTCS.

Bce 3TH 3KCIIEpUMEHTHI Ha KIIETKAaX COEMHUTEIBHON TKAaHM MILIIOCTPUPYIOT ofliee mHojoxeHue: Aud@pepeHInpoBKy PEryiupyer COBMECTHOE
JICHCTBHE PACTBOPUMBIX CHUTHAIBHBIX BELICCTB M KOHTAKTOB C BHEKJICTOYHBIM MATPHKCOM. DPdeKT kakmoro (axropa 3aBUCHT OT CBOWCTB pearupyrouieit
KJICTKHU, KOTOPBIEC B CBOIO OU€pPEb 3aBUCAT OT MPEIBICTOPHN PA3BUTHA JaHHOH KICTKH.
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3akJ/ouenune

B cemeiicmeo coeounumenbHOMKAHHBIX KI1€NMOK 6X00am HapsAoy ¢ pubpobiacmamu xpaujeeble, KOCMHbLE, HCUPOSbLE U 2NAOKO MbIUEUHbIE KIeNKU.
Dubpobracmol, no-6UOUMOMY, CHOCOOHbI NPEEPAAMbCS 80 6Ce Opyale KIemKl 51020 CeMelicmed, U 6 HeKOMOPbIX CIyYAsX Mo npespaujerue 06pamumo.
Tloka ne scHo, npucyuye u Mo C80UCMBO OOHOMY MUNY GUOPOOIACMO8, KOMOPbIE NIIOPUNOMEHMHBL, WL JHCe Peyb UOen O CMeCu pasiuynblx Gubpobracmos
¢ bonee yskumu nomenyuamu. Ilpespawenis coeOuHUmMenrbHOMKAHHBIX K1eMOK PecyIupyomcs COCMAsoM OKPYICAIouje20 6HeKIemoyHo20 Mampuxcad, popmot
K7I€MOK, 20pMOHAMU U PaKmopamu pocma.

17.8. Msirkue KJIETKH U TBEPAbIA MATPHKC: POCT, 00HOBJICHHE U peniapanus KoctH [41]

Koctb - 3TO odeHb IUIOTHAs CHEHMAIM3UPOBAHHAS COEIMHHTENbHAs TKaHb. [10100HO jke1e300€TOHY, KOCTHBI MATpHKC COCTOMT U3 JBYX
KOMIIOHEHTOB - NPOYHBIX BOJOKOH ((puOpmmibl komwtareHa tuma II), mMpOTHBOAEHCTBYIOMINX PACTSHKEHHIO, M TBEpAbIX dacTull (pocdaT KanabLus B BUIE
KPHUCTAJUIMKOB THJOKCHANaTHTA), YCTOMYMBBIX K cxkaTHio. OOBEM NPOCTPAHCTBA, 3aHATOrO KOJIArGHOM, IOYTH PaBeH o0beMy, 3aHHMMaeMoMy (ocdarom
KanbLs. B kocTsx B3pocioro opranusMa (GUOPUILIBL PACIIONIOKEHbBI YIOPSIOUCHHBIMH CIIOSMHU, HAIIOMHHAs CTPYKTYpPY (aHephl: B KajKIOM CJIO€ OHH JIeXKaT
HapaJuIeNIbHO JPYT APYTY, HO HOJ IPSIMBIM yITIoM K GQHOPHIIIaM 000HX CMEXHBIX CIIOEB.

Kocth mpu Bcell ee TBepIOCTH IIOJBEp)KEHa HM3MEHEHHsAM. Bech ee IUIOTHBI BHEKICTOYHBI MATPHKC IPOHHM3aH KaHAJaMHM M IIOJOCTSIMH,
3aI0JIHEHHBIMU JKMBBIMU KJIETKaMH, KOTOPbIE COCTABILIOT OKOJIO 15% Beca KOMIIAKTHOM KOCTH. DTH KJIETKH YYacTBYIOT B HEHPEKPAINAIOIIEMCs MpoIecce
NepeCTPOUKU KOCTHO# TKaHU. KieTKM OZHOrO THma pa3pyLIaloT CTapblii KOCTHBIA MAaTPHUKC, a KJIETKU JPYroro THMa oOpa3yloT HOBBIH. DTOT MEXaHU3M
obecrieunBaeT 0OHOBJICHHE MAaTPUKCA BHYTPU KOCTH.

KocTb MOXET pacTu TOJBKO IMyTeM aNlMO3HIHH, T. €. OTJIOXKEHHUs IONOIHHTEIBHOTO MATPHKCA BMECTE C KJIETKAMH Ha CBOOOJHOH NOBEPXHOCTH
TBepIOil TKaHW. Y HSMOpHOHA ANNO3UIMOHHBIA POCT KOCTH IOIDKCH OBITh CKOOPAHMHHPOBAH C POCTOM IPYTHX TKaHEH Tak, YTOOBI OpraHH3M MOT
YBEIIMYMBAThCS B pa3Mepax 0e3 CyIIECTBEHHOTO MCKaXEHMS Mporopiumil. Poct Gonbiel yacTi ckenera, 0COOCHHO POCT JUIMHHBIX KOCTEH KOHEYHOCTEH U
TYJIOBHIIA, KOOPAMHUPYETCS C MOMOILBIO CIOXKHOM cTpareruu. Y 3MOpHOHA CHayasia U3 Xpslia oOpa3yroTCsi MUHHATIOPHBIE «MOJEIH» OyIyIIHX KOCTEH.
Kaknas Takas MOZienb pacTeT, U 10 Mepe o0pa3oBaHMA HOBOTO Xpslla OoJiee CTapblil XS] 3aMeIIaeTCcs KOCThIo. POCT n paspyIiieHue Xpsiia U OTIOKEHUE
KOCTH B IEPUOJ Pa3BHTHS TaK TOHKO CKOOPAMHHPOBAHBI, YTO Y B3POCIOr0 KUBOTHOTO KOCTb, Ja)Ke JOCTHIHYB IIOJyMETpa B JAJIHHY, UMEET IOYTH TAKYIO JKE
(dopMy, Kak IepBOHAYaIbHAs XPAIIEBask MOJEb, IJIMHA KOTOPOH He MpEBhIana HECKOIbKUX MHUTUMETpoB. He yriryOmssack JeTaabHO B T€OMETPUIO 3TOrO
mporecca, Mbl OCTAHOBHMCSI HA aKTHBHOCTH KJICTOK, JIXKAIle B OCHOBE POCTa KOCTEH M XpsIa y 3apojbllla U OOHOBICHUS COOTBETCTBYIOIIUX TKaHEH y
B3pOCIJIOr0 OPraHU3Ma; 3/[eCh OCOOCHHO YETKO BBISABIICTCS POJIb B3aUMOCHCTBHI MEX Ty KICTKaMU Pa3HOrO THIIA.

17.8.1. Xpsu cnocodeH K MHTEPCTHIHATBHOMY pocTy [39, 42]

«CoTpyAHMYECTBO» KOCTH U Xpsllla OCHOBAHO Ha MX KOHTPACTHBIX cBOMcTBaxX. O6e TKaHM 00pa3yIoTCs U3 ME3CHXHMHBIX KIIETOK, CEKPETHPYIOIHUX
OoJbIIMEe KOJIMYECTBA BHEKIIETOYHOTO MATPHKCA, KOTOPEII COACPKHUT KoutareH. Ho KOCTHBINH MaTpUKC TBEPJ, a XPAIIEBOH MOXKET Ae(OpMUPOBATHCS, TaK KakK
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Puc. 17-43. A. CxemaTHueckoe H300pakeHUE cpe3a, IIPOXOIILIEro Yepe3 XPSIIeBOH CTepXKeHb B IIEpUOA ero oopazoBanust. [lokasan okpyskaromuii
XPSIIEBYIO TKaHb (PMOPO3HBII nepuxoHaApuil. KaXkiplit XOHAPOLMUT 3aIOJIHSET JaKyHy B XpALIeBoM MaTpukce. b. [lonepeunslii cpes3 yepes Takoii CTepKeHb y
KypHHOTO SMOpHOHa Ha paHHeil craquu pa3sutus. [1o Mepe pocTa TKaHH KOJIIMYECTBO XPSIEBOr0 MaTPHKCA, IPUXOAIIErocs: Ha OAUH XOHIPOIHUT, OyaeT
CHIJIBHO BO3PacTaTh, M IPAHMIIA MEXLY XPAIIOM M NEpUXOHApHeM obo3HaunTcs 6oinee pesko. (C mobdesnoro paspemenns Peter Gould.)

COCTOHUT B OCHOBHOM W3 IIPOTEOTIMKAHOB B BBICOKOH KOHIEHTparuu (pasz. 14.2.4) u n3 xomnarena tumna II. ITosToMy Xpsiln B OTIHYHE OT KOCTH CIOCOOEH K
HHTEPCTUIHAIBHOMY POCTY: OH MOXKET yBEINYMBATHCS B 00BEME 3a CUET TOT0, YTO KIIETKH, YKE OKPYKEHHbIE MATPUKCOM, HPOJIOJIKAIOT CEKPETHPOBATh €T0.

XpsillieBble KICTKH, WIM XOHAPOLMTHI, OTACICHBI APYT OT Apyra MarpukcoM. Kaxmas kieTka 3aHMMaeT B MaTPHKCE HEOOJBIIYIO MOJIOCTb, WIIH
naKkyHy. Xpsi 0ObIMHO HE COJAEPXKUT KPOBEHOCHBIX KaIMLIIPOB, U XKU3HEASSATCIBHOCTh €ro KIETOK HMOAAepKUBaeTcs Omaromapst qupQy3ud MHTaTeIbHBIX
BEIIECTB M I'a30B YEPe3 MATPHKC OT JISKAIIMX JOBOJIBHO JAJeKO KPOBEHOCHBIX COCYJOB M B OOpaTHOM HampaBleHWH. Boiblnyro gacTh Xpsija OKpyaeT
nepuxoHOpuil - TUIOTHBIA CIIOW COEIMHUTENBbHOM TKaHW, coiepxkauied kojuiareH (puc. 17-43). Xpsuy pacteT M3HYTpHU, IO MEPE TOr0 KaK XOHAPOLMTHI
CEKPETUPYIOT HOBBIH MaTpPHUKC, a BOJOKHUCTHIH IEPUXOHPHI BBICTYIIAEeT B POJIU KOPCETa, OrpaHUYMBAIONIEr0 H3MeHeHus popMEL. B mporecce pocra xpsma
00pa3yroTcsl ¥ HOBBIEC KJICTKH: XOHJPOLUT, HAXOJAIIHICSA B CBOEH JIaKyHE, pa3/ieMBIINCh, JACT ABE KJIETKU, M KaX/Jas U3 HUX Oy/ET 3aTeM CEKpETHpOBATh
HOBBI MAaTPHUKC, KOTOPBIH BCKOPE M30JMPYET UX Apyr oT japyra (puc. 17-44). HoBble KJIETKM MOTYT TaKXe MEPeXOJUTh B XpAll M3 nepuxonapus. Kax
0JIaraloT, MEePUXOHIPHAIBHBIC KIECTKH, HallOMHHAoMmue (GHOPOOIacThl, IEIATCS U MOABEPraloTcs IPEBPALICHHIO, B Pe3y/IbTaTe KOTOPOr0 OHU HAaYHHAIOT
00pa30BhIBATE BOKPYT ceOsl XPAIIEBOI MaTPUKC M OBICTPO CTAHOBATCS HACTOAIMMHU XOHApouuTamu. [To-BHANMOMY, 3TOT HpoLecc, IPOUCXOAANIMIL in Vivo,
QHAJIOTUYCH ONMMCAHHOM BBILIE TPaHC(HOPMAIUH COCANHUTEIBHOTKAHHBIX KIIETOK in vitro (pasa. 17.7.2).

Puc. 17-44. Poct xpsima. Tkanp pa3pacraercs, IO Mepe TOro KaK XOHAPOLHTHI IEJISATCS U IPOU3BOIAT Ooliblie MaTpukca. HOBOCHHTE3HPOBAaHHEII MaTPHKC,
HEIOCPEICTBEHHO OKPYIKAOIIHIT KJIETKH, BBIJIENICH 00J1ee TEMHBIM CEphIM [[BETOM. XSl MOKET TAaKxKe pacTH Glrarofaps oCTyIIeH!o GruopoOIacToB 13
MIEPUXOH/IPUS U X MPEBPALICHUIO B XOHAPOLHUTHI (CM. puc. 17-43).
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17.8.2. OcTeo01acThl CEKPETHPYIOT KOCTHBIIf MATPUKC, 2 OCTEOKJIACTHI pa3pymaoT ero [41, 43]

Kocts - TkaHb Ooee coxkHas, yeM Xpsil. KoCTHBIH MaTpUKC CEKPETUPYIOT OCTEO0IACTHI, KOTOPHIE JIEKaT Ha IIOBEPXHOCTH YKE CYIIECTBYIONIETO
MaTpUKca M HACIaMBAalOT HA HETO HOBBIN KOCTHBIN MaTepuan. HekoTopsle ocTeobnacTel OCTatOTCS CBOOOAHBIMU Ha MOBEPXHOCTH, B TO BPEMs Kak Apyrue
MOCTENEHHO MOTPY>KAl0TCsl B NPOJAYKT CBOCH COOCTBEHHOW CEKpelMU. DTOT CBEKEU3TOTOBJIECHHBIH MarepHrain (COCTOSIIMK INIaBHBIM 00pa3oM M3 KoJUlareHa
tina 1) HaseiBaeTcsa ocmeoudom. OH OBICTPO TpEBpalacTCs B IUIOTHBIA KOCTHBI MaTpHKC B pe3yibTare oTiokeHHs (ocdara xampums. Okas3aBIINCh
3aKJIIOUCHHON B TBEP/bIl MAaTPUKC, MCXOJHAsi KOCTEOOpa3yrolas KiIeTKa, Ha3bIBacMasi TEeph 0CTEONHMTOM, Y)KE HE UMEET BO3MOXKHOCTH JCIHUTHCS, XOTS M
IPOMOJKAET CEKPETHPOBATh B HEOONBIIMX KONUYECTBAX MAaTpuKC. I1000HO XOHAPOLMTY, OCTEOIMT 3aHUMAET HEOONBIIYIO MOJIOCTh, MM JIAKYyHY, B
MaTpHUKce, HO B OTJIMYHE OT XOH/POIUTOB OH HE H30JMPOBAH OT CBOMX COOPAThEB: OT KaXKIOH JIAKYHBI OTXOJAT OUECHb y3KHE KAHAIbYbl, KOTOPBIE COEPKAT
OTPOCTKH JIOXKAILETO B JIAKYHE OCTEOLUTA, O3BOJLIIOIINE €My 00pa30BbIBATh IEJIEBbIC KOHTAKTHI C COCEAHMMH ocTeoluTamMH (puc. 17-45). XoTs Takue cetu
U3 OCTEOLIUTOB CaMH HE CEKPEeTUPYIOT MATPUKC M HE Pa3pyIialoT €ro, UM, BEPOSATHO, NPUHAIEKHUT BaXKHAs POJIb B PETYJIIUM aKTUBHOCTU TEX KIETOK,
KOTOpBIE 3TO JIENA0T.

B TO Bpems kak 0CTE0OJACTBI OTKJIAABIBAIOT KOCTHBIH MaTpPHKC, OCTEOKJACTBI paspymaroT ero (puc. 17-46). OcTeokIacTsl - 3TO KpyIHbBIC
MHOTrOs/IepHbIC KJIeTKH Tuma Makpodaros. ITogo6HO ApyruM Makpodaram, OHH Pa3BHBAIOTCS U3 MOHOLMTOB, OOpa3yIOIIUXCS B KPOBETBOPHOH TKaHH
KOCTHOTO Mo3ra. IIpeiecTBEeHHHKH OCTEOKJIACTOB - MOHOLMTEI - BBIXOJAT B KPOBSHOE PYCNIO M CKAIUIMBAIOTCA B MECTaX PE30pOLMH KOCTH; TaM OHH
CIIMBAIOTCSA JPYr C JIPYroM, o0pa3ys MHOTOsJICPHBIE OCTEOKJIACTBI, KOTOPBIE BHEAPSIOTCS B IIOBEPXHOCTHBIC CJIOM KOCTHOIO MAaTPHKCAa M IIOCTENICHHO
PacTBOPSIOT €ro.

OcTeoKTacThl CIIOCOOHBI IIPOJIEIBIBATh TITyOOKHE XO/bI B MaTepHale KOMIAKTHOW KOCTH, 00pa3ys IOJNIOCTH, B KOTOPBIC 3aTEM NIPOHUKAIOT JpyTHe
kieTku. ITo ocu Takoro TyHHeENs IPOPACTAIOT KPOBCHOCHBIC KAMWULIPBI, @ CTEHKU €ro IOKPHIBAIOTCS clioeM ocreobiacToB (puc. 17-47). OcreobiacTsl
OTKJIAJbIBAIOT KOHIEHTPUYECKUMH CIIOSIMH HOBYIO KOCTb, KOTOpas IIOCTENIEHHO 3alOJIHAET IO0JOCTh, OCTABISAs JIMLIb Y3KHH KaHal BOKDYT HOBOTO
KPOBEHOCHOTO cocysia. MHOTHe 0CTe00I1acThl OKa3bIBAIOTCS 3aMyPOBAHHBIMH
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Puc. 17-45. Dra cxema OKa3bIBaET, KaK OCTE00IAaCThI, BBICTUIIAIOLINE TIOBEPXHOCTh KOCTH, CEKPETHPYIOT OPraHUYECKUI MAaTPUKC KOCTU (OCTEOMT) 1
MIPEBPAIIAIOTCS B OCTCOLUTHI 110 Mepe HOTPYKEHUs B 9TOT MaTpukc. Obpa3yromuiicss MaTpHKC BCKOpe 00bI3BecTBIsIeTcs. [lonaraior, 4to caMu 0cTe001acThl
BE/lyT CBOE IPOUCXOXKJICHUE OT OCTEOTCHHBIX CTBOJIOBBIX KJIETOK - OJIM3KUX POJCTBEHHUKOB (hruOpobnacToB.



Puc. 17-46. Ocreoxiiact - ruraHrckas KieTka, paspyliarolas
KOCTHbIIT Martpukc. «['odpupoBaHHAs KaeMKa»-3TO MECTO
CEeKPEeLHH KHUCIOT (M1l PACTBOPEHHUS MHHEPAIbHOTO BEIIECTBA
KOCTH) M rujapona3 (i IepeBapUBaHHsA OPraHMYECKHX
KOMITIOHEHTOB Matpukca). KieTka mnokaszaHa B IONEpEYHOM
paspese. PopMa OCTEOKIACTOB M3MEHYMBA, OHM IIOJBIIKHBI U
4acToO IMOCBUIAIOT OTPOCTKH Ui PE30pOLMH KOCTH Cpa3y BO
MHOTUX ydacTkax. OCTEOK/IACThI Pa3BUBAIOTCSA W3 MOHOLUTOB,
HX MOXHO  pacCMaTpHBaTh KaK  CIICHHAIM3HPOBAHHBIC
makpodaru. (R. V. Krstic: Ultrastucture of the Mammalian Cells
An Atlas. Berlin: Springer, 1979.)
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MAoTHEIA MIOAWPYIOWKWA KOHTAKT

FodipuposarHan
KaemKa
OCTEaKNACTa

KocTHBIRA
MATPUKC

je———10 MM ———3 MuomecTaeHHbIE

AApa

B KOCTHBIH MaTpuUKC M 0Opa3yloT TaM KOHILEHTPHYECKHE KOJIbL[Aa OCTEOLUTOB. B TO BpeMs Kak OJHM TYHHENH 3allOJNHSAIOTCA KOCTBIO, JIPYrHE 3aHOBO
MPOKJIAABIBAIOTCSA OCTEOKJIACTaMU B 0ojee CTapblX KOHLEHTPUYCCKMX CHCTEMax. Pe3ynbraThl 3TOH HENpPEphIBHOW MEPECTPONKM XOPOIIO BHIHBI Ha

THCTOJIOTHYECKUX TIperapaTax KOMIIaKTHOM kocTH (puc. 17-48).

Puc. 17-47. Cxema, wWuIOCTpUpYOLIas
[IpoLecC  MEPECTPOHKH  KOMIAKTHOTO
BemiecTBa KOcTH. OCTEOKIIACTHI, ACHCTBYs

HEOOJBIIMMY TPYIIAaMH, MPOKIAABIBAIOT  [MaKomwmich
TOHHENM B CTApoii KOCTH, mpogpurascp  O¢1e067cT
©XKEIHCBHO NPUONM3UTENBHO Ha 50 MKM. Mansii -
Benen 3a HMUMH B TOHHENb  BXOJAAT :::f:’“""“'“
0CTEOONACTI; OHU BLICTUIAIOT CTEHKU

TOHHENS ¥ HAYMHAT O0Pa3oBbLIBATH

HOBYIO KOCTb, OTKJIa[bIBas MAaTPUKC CO 2::?;:““““""“
CKOPOCTBIO  1-2  MKM B CYTKH.

OIHOBpEMEHHO 10  OCH  TOHHEJS

MPOPacTalOT KaMWUIAPbl. B KOHIIE KOHIIOB — @wbpabinact

TOHHENb OYAET MOCTENCHHO 3aIlOJHSTHCS
KOHLICHTPUYECKUMH CJIOSIMH HOBOM KOCTH
- ocTaHeTcss CBOOOAHBIM TOJBKO Y3KHit
LeHTpanbHbli  KaHan. Kaknaeli  Takoi
KaHal He TOJBKO O0ECIeYMBacT IOCTYII
ocreo0nacTaM ¥ OCTEOKJacTtaMm, HO
COJCPKUT TAaKKE OAWH WM HECKOIBKO
KPOBEHOCHBIX COCYJIOB, JIOCTaBJISFOIMX
MUTATEIbHBIC BEIIECTBA, HEOOXOIMMBbIE
JUISL KM3HH KOCTHBIX KJIETOK. OOBIYHO 3a
TOx y 3I0POBOTO B3pOCIIOr0
MJICKOITUTAIOIIETO  TaKMM  CIIOCOOOM
3amensercst 5-10% xoctu. (Ilo Z. F. G.
Jaworski, B. Duck, G. Sekaly, J. Anat.,
133, 397-405, 1981.)
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Puc. 17-48. Mukpodotorpadus mornepevHoro cpesza KOMIIAKTHOTO BEIIECTBA JUIMHHOM KOCTH. BUJIHBI KOHTYpBI TOHHEIIEH, POJIENIaHHBIX OCTEOKJIACTAMH, a
3aTEM 3aIIOJIHEHHBIX C IOMOLIIBIO 0cTe00nacToB. Cpe3 NPUroToBiIeH MeTo oM lndoBanus. [IIOTHBIN MATPUKC COXPAHHUIICS, HO KIIETKH Pa3pyLIEHb]; 0OJHAKO
OTYETIMBO BUHBI IAKYHBI W KQHAJIBIIBI, KONOpble OBIIN 3aIlONTHEHBI OCTEOUTAMU U UX OTPOCTKaMHK. Uepeayromnmecs CBETIIbIC ¥ TEMHBIC KOHIIEHTPUYECKUE
KOJIbLIa COOTBETCTBYIOT H3MCHSIOLIEHCS OPUEHTALU BOJIOKOH KOJUIAT€Ha B TTOCIIEI0BATENBHBIX CJIOSIX KOCTHOTO MaTPHUKCA, OTIIOKEHHOTO OCTE00IaCTaMH,
BBICTHJIABIIMMH CTEHKHU B Pa3HbIE NEPUOIbI XkKH3HU 0co0H. (Takas KapTHHA N0IyyaeTcs IpH HaOII0AeHHH 00pa3La MEeXLy ABYMs YACTHYHO CKPEIEHHBIMU
MOJSIPOUIHBIMU (uibTpamu.) OOpaTuTe BHUMAaHUE HA TO, YTO YacTh OOJIEE CTAPOI CUCTEMBI KOHIIEHTPUYECKUX KOCTHBIX CJI0EB (BHU3Y CIIPaBa, C Y3KHUM
LICHTPAILHBIM KaHAJIOM) YaCTHYHO Pe30pOHpOBaHa M 3aMEHEeHa 6oJiee HOBOH CHCTEMOM, B KOTOPOH IIEHTPAJIBHBIH KaHAJI BCE €Il OCTACTCS ITHPOKHUM - T10-
BUJMMOMY, IOTOMY, YTO OH €Ile HAXOJUTCs B MPOLIECCE 3aMOJHEHHU.

B a1ux npoueccax eme MHOro HenousiTHoro. Kocty, Hanpumep, 00;1a1al0T YAUBUTEIBLHON CIIOCOOHOCTBIO IIEPECTPANBATh CBOIO CTPYKTYPY TaKHM
00pa3oM, 4TOOBI IPUCTIOCOOUTHCS K HCIIBITBIBACMBIM Harpy3kaM. JTO 03Ha4aeT, YTO HAKOIUICHUE H Pa3pyLICHHE MaTPUKCA KAKMM-TO 00pa3oM peryiupyroTcs
JIOKAJIBHBIMM MEXaHHYCCKUMHU HANpsDKCHHAMH. Kakue MEXaHH3Mbl ONPEACISIOT, OydeT JM MaTPHKC OTKIAbIBAThCS HA MOBEPXHOCTH MAHHOW KOCTH
ocTeobnacTaMy WIHM pa3pyIIaThcsl OCTEOKIACTAMH, HE H3BECTHO. BeposTHO, Ba)XKHYIO pOJNb B 3TOM HIpaloT (aKTOphl POCTA, BBIIENSEMble KOCTHBIMH
KJIETKaMH, 3aKJIIOYEHHBIMH B ToOJIIE MaTpukca (pasa. 17.7.1). O1u dakTopbl MOriu Obl BHICBOOOXKAATHCS NMPU PAa3pyLICHUH MAaTPUKCA WM IPU BO3JEUCTBUI
COOTBETCTBYIOLINX HATPY30K.

17.8.3. B pa3BuBalomemMcsi OpraHu3Me 0CTEOKJIACTHI PA3PyLIAIOT XPSAIL, YTOObI MPOJIOKHUTH IYTH ISl POcTa KOcTH [44]

Kak nonaratot, 3aMeHa Xpsilia KOCTbIO B IIPOLIECCE PA3BUTHS OPraHU3Ma TOXKE 3aBUCUT OT aKTMBHOCTH OCTEOKJIAacToB. 1o Mepe co3peBaHus Xpsla
KJICTKH B HEKOTOPBIX YYaCTKaX 3HAUUTENIFHO YBEIMYMBAIOTCS B pa3Mepax 3a CUET OKPYXKAIOIIEr0 MaTPUKCa, a CaM MAaTPUKC MUHEPAIU3YETCs, O00HO KOCTH,
B pe3yJIbTaTe OTJIOXKEHUS KpUCTALIOB (hocdara Kanpuus. B To ske BpeMst XOHIPOLUTHI B TAKHUX yJacTKaxX HaOyXaloT ¥ THOHYT, OCTaBIIsis OOIbIINe MyCTOTHL B
STH IIyCTOTHI BHEJPSAIOTCS OCTEOKJIACThl M KPOBEHOCHBIE COCY/bl, Pa3pyLIAIOIIME OCTATKM XPSLIEBOrO MaTpUKCa, a CIEYIOIIUE 33 HUMHU 110 IATaM
0cTe001acThl HAYMHAIOT OTKJIAJbIBATh KOCTHBIM MaTpuKCc. ENMMHCTBEHHOE, YTO OCTaeTCs OT Xpslla B JUIMHHBIX KOCTSX B3POCIIOrO KMBOTHOT'O, - 3TO TOHKMI
CJI0M, 00pa3yoIInii IIaJKoe MOKPHITHE B 00JIACTH CYCTaBOB, I'/Ie OJIHA KOCTh COWICHSETCs ¢ Apyroit (puc. 17-49).

OnHaKo B COCAMHUTENIBHON TKaHH, OKPY)KAIOIICH KOCTh, COXPAHSIOTCS KIETKH, CIIOCOOHBIE K 00pa30BaHHMIO HOBOTO Xpsiia. B ciyuae mepenoma
KOCTH KJIETKM W3 HpWIeKaled o01acTu NMpoBEdyT IOYMHKY, BOCIPOU3BEIS «HA CKOPYIO PYKY» IE€PBOHAYAJIbHbIH 3MOPHOHANIBHBIA IPOLECC: CHayaia
OTKJIabIBACTCS XPAILl, YTOOBI 3aIIOJTHUTD OpEIlIb, a 3aTEM XS 3aMEHSIETCS KOCTBIO.

17.8.4. CTpykTypa TeJia cTA0UIU3HPYETCH €ro COeTHHNTEIbHOTKAHHBIM KapKACcOM, a TAKKe H30UPATEeIbLHBIM CleNIeHneM
KJIeToK [45]

OtzenbHas KOCTh, KaK M BECh OPTaHU3M B 1I€JIOM - 3TO JHMHAMHYECKasl CHCTeMa, IOJIEPKUBAIOIIAs CBOIO CTPYKTypy Onaromaps 6anaHcy Mexay
IPOTHUBOIOIOKHBIMH (pyHKIMSAMH Pa3IUIHBIX CHECIHAIN3HPOBAHHBIX KIETOK. JIro0as quHaMHUYecKasi CHCTeMa CTaBHT IMPo0IeMy CTaOHIBHOCTH, U 9TO
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Puc. 17-49. Cxema pa3BHUTHS JUIMHHOM KOCTH (TaKOH, kKak OeApeHHast U IuledeBast) U3 MHHHATIOPHOH XpsimeBoi Mozeny. HeoObI3BeCTBIICHHBIN XPSIIIT
[I0Ka3aH CBETJIO-CEPhIM LBETOM, OOBI3BECTBICHHBIH - TEMHO-CEPBIM, KOCTh - YePHBIM, KDOBEHOCHBIE COCY/IBI - KPACHBIM [IBETOM. XSl HE IPEBPAILACTCS B
KOCTb, a IOCTETICHHO 3aMEHSCTCS €10 B Pe3y/IbTaTe JeATeIbHOCTH OCTEOKIACTOB H OCTE00IaCTOB, KOTOPBIE BHEAPSIOTCS B XPAI BMECTE ¢ KDOBEHOCHBIMHU
cocynamu. OCTEOKIACThI Pa3pyIIAOT XPSIIEBOI U KOCTHBIH MaTPUKC, B TO BpeMs KaK 0CTE00IaCThI CEKPETUPYIOT KOCTHBII MaTpHKC. [Iponecc okocTeHeHHs
HauMHAeTCs y SMOPHOHA U 3aKaHYMBACTCS TOJBKO K KOHILY TIEpHO/Ia T10I0BOr0 co3peBanus. OOpasyolascs KOCTh COCTOUT U3 TOJICTOCTEHHOTO I10JI0I0
LIIMHIPA KOMIAKTHOH KOCTH, OKPY>KalOIIeH EHTPATbHYIO IIOJI0CTh, 3al0IHEHHYI0 KOCTHBIM MO3roM. OOpaTuTe BHIMAaHHE Ha TO, YTO HE BCE KOCTU
Pa3BUBAIOTCS TaKUM ITyTeM. Hanpumep, miockue kocT yepena GOpMHpPYIOTCS cpa3y Kak KOCTHBIC INIACTUHKY, O3 IpeBapUTeIbHOI CTa{HN XPSIIEBOM
mozenu. (D. W. Fawcett; A Textbook of Histology, 11 th ed. Philadelphia: Saunders, 1986, ¢ u3MeHeHUAMH. )

MPUBOJUT K OOIIEMYy BOMPOCY O MOAJEPXKAHUM CTPYKTYphI Telma. MBI BUIEIH, KaKHM OOpa3oM KIETKH B TKAaHSAX DPA3HOrO THIA MOUIEPKHBAIOT CBOE
I epeHIMPOBaHHOE COCTOSIHHE, KaK 00pa3yloTCs HOBbIE KJICTKH B3aMEH YTPAyCHHbIX, KaK IIepEeCTpanBacTcsi 1 OOGHOBILSIETCS BHEKIICTOUHBIM MaTpuke. Ho
NoYeMy KJIETKH Pa3JIUYHBIX TUIIOB [IOCTENEHHO HE MEPEMEIIMBAIOTCS, I0UeMy He HapacTaeT xaoc? [loueMy CTPYKTypa B LIEJIOM HE MCKaKAEeTCsl, HE U3MEHSIET
CBOHX TIPOTIOPIIHIA, TI0 MEPE TOTO KaK CTaphle IEMEHTHI 3aMEHSIOTCSI HOBBIMH?

KoHeuHo, ¢ TedeHneM BpeMEHH OPraHu3M B KaKOH-TO CTEIICHH BCe ke Je(OpMHUpPYETCs: 9TO OAHO U3 NposiBieHui crapenunst. Ho mopasurensHo To,
4YTO JTU W3MEHEHHs TaKk Maubl. CKeleT, HECMOTPS Ha MOCTOSHHYIO MEPECTPONKY, OOECIIEUMBAET JKECTKYH KOHCTPYKIHUIO, pa3Mepbl KOTOPOW MOYTH HE
MEHSIFOTCSI. DTO MOXHO OOBSCHHUTH TEM, YTO PA3NMIHBIC YUACTKH KOCTH OOHOBISIIOTCS HE BCE CPa3y, a Malo-OMAy, KaK MPH PEMOHTE 37IaHUsI, B KOTOPOM
KUPIIMYM 3aMEHSIOT 110 OZHOMY. [IOMHMO KOHCEpBaTHBHOCTH crocoba OGHOBIICHHSI pabOTAlOT elle ¥ MEXaHH3Mbl aKTHBHOrO remeocrasa, Hampumep,
HeOOJIbIINE OTKIOHEHHUS KOCTU OT €€ HOPMAIbHOW (POPMBI H3MEHSIIOT KaPTHHY MEXaHHYECKHUX HATPY30K, & ITH HATPY3KH PETYIUPYIOT MEPECTPOMKY TKAHU
TakK, YT00BI BEPHYTh KOCTH €€ HOpMalIbHY0 (opmy (puc. 17-50).

Pocr ¥ OOHOBIECHHE MHOIMX MSIKAX YacTeil Tella TOMEOCTATHYECKH KOHTPOJMPYETCSl TakuM 00pa3oM, 4roObl Kaxpaas JeTalb TOYHO
COOTBETCTBOBAJIA MPEIHA3HAYEHHOMY ISl HEE MECTY. DNHUIEPMUC HAPACTAET TAK, YTOOBI MOKPHITH BCKO OBEPXHOCTH TENA, U KOT/IA 3T el JOCTUTHYTA,

CmaTue B 3TOM MecTe

OTcyTcTBME CHATHA B

NPHBOAKT K 3ITOM MECTE NPUBOAWT
HEPAULHBAHHIO K pPaspyleHA
KOCTH N KocT / i
\ if |
/
/
\ y l
\ v i
Kocts Kocte MNepectpovka | =
nomaeTcA cpacTaeTch KOCTH |
HEMpagunsHO i

Puc. 17-50. Cxema, WIUTIOCTPUPYIOILAs IPOLECC MEPECTPOUKHU [UIMHHON KOCTH HOTH TIOCJIe HENIPaBHIIBHO Cpocierocs nepenoma. Jedopmaruu B HetaBHO
o0pa3oBaBILelics] KOCTH IIPUBOAT K HEOOBIYHBIM HAIIPSDKEHHSIM. B MecTax MOBBIIEHHOTO CXKAaTHs KOCTH YBEIWYUBACTCS CKOPOCTh 00Pa30BaHMUs KOCTH
OTHOCHUTEJIHO CKOPOCTH €€ paspyIlieHus. Tam xke, Tie cxKaTue CHIKEHO, CKOPOCTh POCTa KOCTH yMeHbInaeTcs. TakuMm 06pa3oM, KOCTh IOCTENIEHHO
nepecTpanBaeTcs, NPUOIIDKAsACh K CBOEMY HOPMAIbHOMY COCTOSIHHIO.
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MUTpalys KIETOK MPEKpaIlaeTcsi B pe3ylbTaTe KOHTAKTHOrO TOpMoxeHus (pasa. 11.6.8); coenuHuTenbHAs TKaHb Pa3pacTacTCss POBHO HACTOJIBKO, YTOOBI
3aII0JHUTh 00pA30BaBIIMHCS NP paHeHHH AedekT, U Tak naiee. Ho HeoOxoquMo HedTo Gonbllee, YeM peryaupoBaHue 4yucia kietok. [Ipu oGHOBIeHHH
I epeHINPOBAHHBIX KIIETOK Pa3INYHOTO THIIA JOJDKHBI HOJICPKUBATHCS HE TOJIBKO HY)KHBIC YHCIICHHBIC COOTHOILICHUS MEXK/y HUMH, HO U UX HPABUIBHOE
OTHOCHTEIBHOE pacrojoxeHue. [Ipn oOHOBICHHMM TKaHEH HEM30EKHBI MEPEMCINCHHS KJICTOK, W 3TH MEPEMCIICHHS AOJDKHBI OBITH KaKHM-TO 0Opa3oM
OrpaHUYEHEL.

OrpannunBatomue (GpakTopsl MOryT ObITh pa3HbIMU. Hampumep, jkeie3sl U APyriue CKOIUICHHS CICLHAIM3HPOBAHHBIX KIECTOK YacTO HaXOIATCS B
IUIOTHBIX KAaICyJax M3 COCAMHHUTENbHON TKaHH. KIIETKM HEKOTOPHIX THIIOB IOrMOAIOT, CCIIM OKAa3bIBAIOTCS BHE CBOCTO OOBIYHOTO OKPYXKCHHS W JIMIIAIOTCS
crienuduueckux (HakTopoB pocTa, HEOOXOIUMBIX, BEPOSTHO, UL MX BBDKHMBAHHS. BBITH MOXKET, caMblii BKHBIH MEXaHH3M, YACP)KUBAIOLIMI pa3iHM4HbIC
KJIETKM Ha CBOMX MECTaX, - 9TO M30HMpaTresbHasi aJre3us: KJIETKU OJHOTO M TOrO )K€ THUIA MMEIOT TEHJCHLMIO «CIMIAThCS» ApYyr ¢ apyrom (pasn. 14.3.5),
00pa3ys 1100 MIOTHBIE MacChl (KaK, HAIPHUMED, B CIIy4ae IJIaJKOH MyCKyJIaTypbl), TM00 SIHUTETHAIbHBIE CIION (BBICTIIKA KUIICYHUKA U T. I1.).

Kax ckazano B pasag. 14.3.7, 5TOT MeXaHHM3M IO3BOJISCT IHMCCOLMUPOBAHHBIM KIIETKaM OJIHICPMHCA, HANPHUMEp, CIIOHTAHHO OOBEAMHATHCS B
SMUTEIMH C IPABUIBHON CTPYKTYpoi. 1 B Gonee o01eM citydae: CTOMKUE MPOKIIAJKH U3 SMUTEIHAIBHBIX KJIETOK pa3srpaHUYMBAIOT OTAEIbHbIE 001acTH Tena,
T.¢. TIOAACPKUBAIOT 000COOICHHOCTh KIICTOK M OTPAaHHYUBAIOT UX PACIIPEICICHIE HAMICKAIMMI TEPPUTOPHIMH.

IloHATHO, HACKOIBKO CIOXKHBIMH M TOHKAMHU JOJDKHBI OBITh MEXaHH3MbI KOHTPOIS M KOOPIWHALMM, COXPAHSIONIHE CTPYKTYpy Tena H
OpraHHU3alUI0 ero TKAaHEil MPH MOCTOSHHO MPOTEKAONIMX MEePECTPOMKAaX W OOHOBICHHWH. BaKHEHIIas poib 3THX MEXaHH3MOB YETKO U B XKECTOKOH (opme
BBUIBIISICTCS TOT/[a, KOT/Ia OHU Pa3IaKHBAIOTCSI, KAK MBI 9TO YBUUM B [OCIICIHEH IT1aBe KHUTH IIPU 00CYKICHUH MPOOIEMbI paka.

3akiouenune

Xpswy u Kocms cOCMosm u3 KAemox, nOZPydHCceHHbIX 8 NIOMHbIIL MAMPUKC. Xpauy ¢ €20 NOOAmIUbIM MAMPUKCOM CROCOOEH K UHMePCIUYUATbHOMY
pocmy, mozoa Kak meepoas KOCMb MOXCem pacmu MobKO 6 pesyibmame OMIOMCEHUs. HOB020 Mamepuana Ha ee nogepxnocmu. Tem ne menee KOCMb
nooeepeaemcs HenpepvleHOU nepecmpolike 6.1a200aps COBMECMHOU 0esmeIbHOCIU OCMeOKIACMoE, PAPYUAWUX MampuKc, U 0cmeobaacmos, Komopbsie
e20 cosoarom. Hexomopuie ocmeobnacmol 3amypoeblearomes. 6 MAmpuxc, CMaHoBamcs OCMeoyumamu U y4acmsyion 6 pe2yiayuu 0OHOBIeHUs KOCHHO20
mampuxrca. Bonbuuncmeo OnunHbIx KOCmell paseusaemes: us MUHUAMIOPHBIX XPAUEBBIX «MOOelell», KOmopble no mMepe POCMA CILyHCam Mampuyamu 0is
OM0JICEH U KOCMHO20 6eUeCBa 6 pe3ybmame COBMeCMHOU aKMUgHOCmu 0cmeod1acmos u ocmeokiacmos. CX0OHbIM 06paA30M NPOUCXOOUN 3aXHCUETEHUE
KOCIMHbIX NePeoMO8 Y 63POCI020 OP2AHUSMA: CHAYANA PA3DbIE 3ANOTHAEMCS XPAUJOM, KOMOPLLI NO3JHCE 3aMewjaemcs Kocmulo. Xoms Kocmuas mKkaub, KaK u
OONLWMUHCMBO Opy2UX MKAHel, HenpepviGHO O0OHOBNAEMCs, IMOM OUHAMUYECKULl NPOYecc pe2yiupyemcs mak, 4mo 2100albHas CMpyKmypa ocmaemcs
npeoicreti. Takum obpaszom, 61azo00aps 5momy u OpyeuM MexXaHusmMom (maKum, Hanpumep, KaxK usoupamenbHas MexXCKIenmoyHas adzesus) opeanusayus meida
CMOUKO COXPAHAEMC, HECMOMPSL HA NOCMOAHHOE 3aMelyeHue NOYMU 6Cex e20 KOMNOHEHNO8.
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Ipnioxenne. IlepedeHb KJIETOK B3pOC/IOro YeJI0BeYeCKOr0 OPraHu3Ma

CKOJIBKO pa3nYHBIX THUIIOB KIETOK CYIIECTBYeT B OpraHM3Me B3pOcioro 4yenoseka? B GONBIIOM PYKOBOACTBE IO TMCTOJIOTUH OOBIYHO
ynomuHaeTcs okosio 200 THIIOB, 3aCTy)KUBAIOIIUX OT/JACIBHOTO Ha3BaHHs. DTH TPAAULHOHHBIC HA3BAaHUS - B OTIIHYUE, HALIPUMEP, OT Ha3BAHUH CHEKTPAIbHBIX
[[BETOB - HE OTHOCSATCS K OTACIBHBIM YacTSM HEKOEro YCIOBHO MOJPA3/eICHHOTO KOHTHHYyMa: OONBUIMHCTBO U3 HUX COOTBETCTBYET AMUCKPETHBIM, YETKO
Pa3IHYaOIMMCs KaTeropusiM. BHYTpH TOH MM MHOM KaTeropuy 4acTo HaOJIIOJAOTCS HEKOTOPBIC BapUAL[MU: BOJOKHA CKEJIETHBIX MBILIL, MPUBOISLIINX B
JIBIDKEHUE TJ1a3HOE S0JI0KO, FOPa3/io MEHbIIIE, YeM BOJOKHA KPYITHBIX MBIIIL HOTH; CITyXOBbIC BOJIOCKOBBIC KJICTKH B PAa3HBIX YYaCTKaxX yIIHOW YIMTKH MOTYT
OBITH HACTPOCHBI HAa PA3HYIO Y4aCTOTY 3ByKa, U T.1. OHAKO HET HENPEPHIBHBIX MEPEXOI0B MEK/IY CTOJIb PA3HBIMU THIIAMH KJICTOK B3POCIOr0 OpPraHM3Ma, Kak,
HalpHMep, MBIIIEYHOE BOJIOKHO H CIyXOBasi BOJIOCKOBAsI KIICTKA.

TpaauiOHHash THCTONOTHYECKash KIacCH(UKALUs OCHOBaHA Ha (OpME U CTPYKTYpE KJICTKH, BUAMMBIX II0J MUKPOCKOIIOM, U Ha €€ XHMHUYCCKOH
HPHUPOAE, OYCHb TPYOO OLICHMBAEMOIl MO CBS3BIBAHUIO PAa3IMYHBIX Kpacurtenel. boiee TOHKHE METO/BI MO3BOJSIOT BBIACINTH HOBBIC MOAKIACCHI B PaMKax
TpaIULHOHHON kiaccudukanuu. Tak, B COBPEMEHHOH MMMYHOJIOTHH YCTAQHOBJICHO, YTO K IPEKHEH KaTeropuH «IMM(OLKTOBY» OTHOCUTCS Oojee AecsATH
pasHbIX TUNOB KJIETOK (cM. ri. 18). ToyHo Tak ke (apMaKoIOrnuyeckue u (HU3HOJOrMYECKUE MCCIIEN0BAHUS MOKA3aIM, YTO CYLIECTBYET MHOTO Pa3JIMYHbIX
Pa3sHOBHIHOCTEH! INIaZAKOMBIIIECYHbIX KICTOK; HAPHMED, B CTCHKE MAaTKU 3TH KJICTKH 00IaJaloT BHICOKOH 4yBCTBUTEIBHOCTBIO K 3CTPOTCHY, @ Ha MOCICIHUX
cTagusix OEpeMEHHOCTH - K OKCHTOLIMHY, B TO BpeMsI KaK aHAJIIOTUYHbIE KJICTKH B CTEHKE KUIIEYHHKA STHMH CBOMCTBaMH He 00nanarot. IHOro pona BaxHbIE
pasiums MEXIy KIETKaMH OOHapy)KEHbI B SMOPHOIOTHYECKUX IKCIEPUMEHTAX BPOJIE TE€X, KOTOPbIe 00CY)KAAIUCH B 1. 16; OHM IOKa3alu, 4YTO BO MHOTUX
CIly4asix BHEIIHE CXOJHBIC KJICTKH U3 Pa3HBIX y4aCTKOB OPraHW3Ma HEAKBHBAJICHTHBI - B TOM CMBICIIC, YTO B HUX €CTh BHYTPCHHHUE PAa3IN4Usi B BOSMOXKHOCTSX
JaTbHEHIero pa3sBUTHSA U B CHOCOOHOCTH BO3JCHCTBOBATH Ha Npyrue KIeTKH. HampruMep, COCAMHUTENBHOTKAHHBIC KICTKU U3 PA3HBIX yYacTKOB JICPMBI
JIOJKHBI OBITh HEIKBHBAJICHTHBIMHU, TaK KaK MO/ MX BIMSHHEM JICXKAIIUE HAJ HUMM SIHUJCPMalIbHbIE KJICTKU BEAYT celds mo-pasHomy (pasn. 16.6.4). Buyrpu
TaKUX KaTeropui, Kak «(pubpobracTy», BEPOSTHO TOXKE MMEETCS MHOTO MOATHIIOB, XMMUYCCKHAC Pa3IM4YMsi MEXAY KOTOPHIMH IIOKa HE yIAcTCsl BBISIBHTDH
HEIOCPEICTBEHHO.

BBuny ckazaHHOro Bbllle Jr00as Ki1acCU(UKALKS KIETOK OyIeT B KaKOH-TO CTEINEHH NPOU3BOJIbHON B OTHOIICHHUH JICTAIILHOCTH Mojpa3aeneHus. B
HAIll NCPEYCHb BKJIIOYCHBI TOJBKO TC BHIBI KJICTOK B3POCIOrO YEIOBCYECKOrO OPraHM3Ma, KOTOPBIC CUHTAIOTCS PA3NHYHBIMH BO BCSKOM OOJIBIIOM
COBPEMCHHOM PYKOBOACTBE IO rucTosoruy. OHU CTpyNIUPOBAaHBI B NPUONU3HTEIFHOM COOTBETCTBHH CO CBOeH (yHKIueil. MBI He NBITAINCH KakK-THOO
MOJpa3/eNATh KJIacC HEWPOHOB LEHTPAIBHOM HEpBHOH cucteMbl. Koria oTaenbHbIA BUJA KIETOK, HAlpUMEp OpOrOBEBAOLIAs SIUJepMajbHas KIETKa
(KepaTHHOLMT), MOCICAOBATEIBHO MOJMYYaeT Pa3IM4HbIC HA3BaHWS O MEPE CBOErO CO3DEBAHMS, Mbl IPUBOAUM TOJIBKO [BA M3 HHX - OJHO IS
T GepeHIHUPYIOmeNHcs KIeTKH U OfHO Ul CTBOJIOBOH KieTKH. C y4eToM CIenaHHBIX OroBopok 210 HaMMEHOBaHWH KJIETOK, COZICpIKAIIUXCS B HEpedHe,
COCTaBIIAIOT 0oJiee MIIM MCHEE MCYEPIBIBAIOIINN CITMCOK Pa3MYHBIX BAPHAHTOB SKCIIPECCHH I'€HOMA B BHAE (PEHOTHUIIOB HOPMAJbHBIX KIICTOK B3pOCIOrO
YEIIOBEKa.
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OporopeBaomue 3MUTETHATbHbIE KIETKH

Keparunonut snunepmuca (= guddepeHuupyromasics SnuaepMaibHas KIeTKa)
BazanpHas knerka snunepmuca (crBosoBas) KepatuHouur Horrei
BasanbHas KiIeTKa HOI'TEBOTO Joxka (cTBosoBast) Kierku crepxHs Bonoca
KJIETKa MO3rOBOTO BEILECTBA

KJIETKa KOPKOBOTO BEIECTBA

KyTHKYJISIpHas KiteTka KiIleTki KOpHeBOro Biiarajmiia Boaoca
KyTHKYJISIpHast

cnos I'excin

cnos I'enne

HapyxHas Kiietka BOJIOCSHOIT MaTpHIbI (CTBOJIOBAs)

KileTKH BJIa’KHBIX MHOTOCJIOWHBIX 6apbepHBIX NHTETHEB

IToBepxHOCTHAS SNUTENNANBHAS KIETKa MHOTOCIOHHOTO IIOCKOTO SITUTEIHS POTOBHIBL, SI36IKA, POTOBOI IIOJIOCTH, ITHIEBO/IA, aHATEHOTO
OTBEPCTHSI, JUCTAIBHOI YaCTH yPEeTphI, BIaraiuiia

BazanbHas kieTka TeX e BUJOB SIHUTENHs (CTBOIOBAs)

Kierka snmTenuss MOYEeBBIBOISIIMX ITyTeH (BBICTIIIAIONIEr0 MOYEBOH ITy3BIPh U MOYEBLIBOISIIIE ITyTH)

NUTeJHATBHbIE KIETKH ¢ IK30KPMHHON (yHKIMei

Knerku cntoHHOM kene3sl

ciu3KcTas KieTka (cekper dorar noscaxapuiamu)

OesKoBas KiIeTKa (CeKpeT OoraT IIIMKONPOTEHHOBBIMU (hepMEHTaMu)

Kierka xene3s! GpoH D0Hepa B sI3bIKe (CEKPET CIyKHUT IS IPOMBIBAHHS BKYCOBBIX ITOYEK)

Krnerka MOJI04HO# *eje3bl, CEKPETUPYIOILas MOJIOKO

Kietka cie3noil xenessl, CeKpeTUpyIoias cie3bl

Krerka nepyMuHO3HOI X&ele3bl yxa, CeKpeTUPYIONIas yIIHYIO cepy

Krnerka sKKpHHHOI IIOTOBO# Kee3bl, CEKPETUPYIOLIAsk TIIMKOIIPOTEHHBI (TEMHAs KIIETKa)

Krnerka SKKpUHHOI TIOTOBOI1 KeJIe3bl, CEKPETUPYIOLIAsi MaJIbIe MOJICKYJIBI (CBETIasl KIIETKA)

KieTka anoxpHHHON OTOBOH KelIe3bl (BBLIEIICT IIaXyqIni CeKpeT, TyBCTBUTEIbHA K ITOJIOBEIM TOPMOHAM)

Knerka xene3bt Mouis B Beke (Crielualn3upoBaHHast HOTOBAs JKee3a)

KireTxa canmpHOII Xele3bl, ceKpeTHpyIommast 00raToe JIMMHIAMH KOXKHOE Callo

Krerka 60yMeHOBOI jkere3sl B HOCY (CEKPETHPYET KHIKOCTb, IPOMBIBAIONTYIO OOOHSITENbHBIH SIHUTEIINI)

Knerka OpyHHEpOBO# *eJe3bl B IBCHAALATUIIEPCTHON KHUILKE, CEKPETHPYIOIIAst [IEJIOYHOW pacTBOP CIIU3H U (pepMEHTOB

KieTka ceMeHHOro Iy3bIpbKa, CEKPETHPYIOMIAsi KOMIIOHCHThl CEMEHHON JKHIKOCTH, BKIIOYast GPyKTO3y (KaK MCTOYHHK SHEPIUH IS ABIDKCHHS
CIIEpMUEB)

KieTka npencrarenbHOi skenesbl, CeKpeTHpPYIONas Ipyrue KOMIOHEHTb CEMEHHOH KHIKOCTH

Knerka Oyns00ypeTpanbHOU jKene3bl, CeKPETUPYIOIIast CU3b

Krerxa 6apTonuHUEBOI XkeJle3bl, BEIIENSIONIAs KUIKOCTh IS YBIQKHEHNUS BIIaraInlia

Kierka sxeness! JINTTpe, ceKpeTHPYIOILAst CIIU3b

KieTxa sHgOMETpHS, CEKpeTHPYIOMmAs IITaBHEIM 00pa30M yIJIeBOIBI
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W3zonupoBanHas OOKalOBHIHAs KICTKA ABIXaTEIbHOTO H INHUIIEBAPUTEIFHOTO TPAKTOB, CEKpeTupyiomas ciam3b Clm3ucTas KIETKa BBICTHIKH
KelryaKa

3MMOreHHas KJIeTKa CIM3UCTON jxenryaKa (cekpeTupyer nencuHored) OOknasoyHas KieTka ciau3ucton sxenyaka (cekperupyer HC1) Aumnosnas
KJIETKA MOJDKEIYI0YHOM Kene3bl (CeKpeTUpyeT MUIeBapuTenbHble PepMEHTHI U OMKapOoHAT)

Krerka [laneta B TOHKOM KHIIEYHHKE (ceKpeTupyeT iau3ouuM) IIneBmouutsl tma II B smerkom (cexperupyiot cypdaxrant) Kierka Kiapa B
nerkoM ((yHKIHSI HeU3BECTHA)

KieTkn, Boiieasiione ropMoOHbI

Knerku nepenueii 1oau runodusa, BeIACIAONINE
TOPMOH poCTa

(OIITNKYJIOCTUMYJTUPYIOLIHIT TOPMOH
JIIOTEMHU3UPYIOIUH TOPMOH

MIPOTAKTUH

a/I[peHOKOPTUKOTPOIHBII TOPMOH

TUPEOTPOIHBIA TOPMOH

Krerxa nmpomexyTo4HOi 1011 rHIO(U3a, BEICIAIONAS METaHOLIUTCTUMYTUPYIONIHI TOPMOH
Knerku 3amneit nomu runousa, BHICISIONIE
OKCHTOLIMH

Ba30IPECCUH

KieTku ey Jo9HO-KHIIETHOTO TPAKTa, CEKPETUPYIOIHE
CEpOTOHMH

sHIopduH

COMATOCTAaTHH

racTpuH

CEKPETHH

XOJICIIUCTOKHHHH

HMHCYJUH

TIIIOKAaroH

6omOe3nH

Kietku muToBHIHO#M JKeIe3bl,

CEKpeTUPYIOIIHe

THPEOUTHBIH TOPMOH

KaJbIIUTOHHH

KieTky napamutoBuHOI JKene3bl

CEKPETHUPYIOIIHE TapaTTOPMOH

okcH(IIbHBIC ((DYHKIHS HEU3BECTHA)

Krerxu HaamoyeyHHKoOB,

CEKPETUPYIOIIHE

aJipeHaINH

HOpPaJpeHaIHH

CTEpOHIHBIC TOPMOHBI

MHHEPaJIOKOPTHKOUIBI

TIIFOKOKOPTUKOHIBI

KieTku nomnoBsIx jxerne3, CeKpeTHpPYIOIHe
TecTOCTepOH (KJIeTKH Jlelanura B ceMEHHHKAX )
scrporeH (kietku theca interim siiiieBoro GpoyuMKya B SMUHUKAX)
KieTkn 1okcTarnoMepysipHOTO armapara HOYKH
IOKCTarJIOMEepYJIsipHbIE KIETKH (CEKPETHPYIOT PEHUH)
KJeTka macula densa BepoATHO, OJIM3KH IO QYHKIHMH;
TIEPHUIIOIIIPHAS KIICTKA BO3MOXKHO, YIaCTBYIOT B CEKPEIIUH
Me3aHIrHajbHas KJIETKa 3PUTPOIIOITHHA

OnuTeMAIbHbIE BCACKIBAIOIINE KICTKHU ey 109HO-KHIIEYHOr0 TPAKTAa, JK30KPUHHBIX JKeJle3 H MO4eno/I0BbIX myTei
Kretka co meTo4HoH KaeMKOI U3 MUKPOBOPCHHOK (B TOHKOM KHILICYHHKE)
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Hcuepuennas kiaeTka IpOTOKa SK30KPHHHOM XKeTe3bl

OnuTenuanpHas KJIeTKa XKEITIHOTO IMy3bIpst

Knerka co 1meTouHoi KaeMKOii B IPOKCUMAaJIbHOM IT0YEYHOM KaHaJIbLE
KiteTka qucTanbHOro MOYeyHOro KaHajbla

Be3pecHnyHasi KjieTKa ceMABBIHOCSIIIIET0 MPOTOKA
KiteTku snuanaumMuca

rJaBHas KJIeTKa

Oa3ayibHask KJIETKa

KieTkn, oTBeTCTBEHHBIE 32 MPOLecCh MeTA00JIM3MAa H HAKOILIEHHE Pe3ePBHBIX MaTePHAIOB
TenatouuT (neyeHOYHAs KJIETKA)

JKupoBbie KJICTKH

KJIeTKa 6eIIoro Kupa

KJIeTKa Oyporo »upa

JIMIONUT TIeYCHU

nuTeJHANbHbIE KIETKH, BHINOJIHSAIOIINE IIABHBIM 00pa30M 0apbepHY10 (PYHKIHIO, - BBICTUJIAKOT JerKHe, KHIIeYHUK, IK30KPHUHHbIE
JKeJle3bl H MOYeIo0JI0BOii TpaKT

ITaeBMonuTh! THIIA | (BBICTHIIAIONIHME BO3AYIIHYIO MIOJIOCTE Jierkoro) Kitetka mpoToka momkery o4Hoi xene3sl (LeHTpoaHapHas KJIeTKa)

Heuncuepyennas kjieTka IpoTOKa MIOTOBOMH JKeJI€3bl, CIFOHHOM JKeJIe3bl, MOJIOUHOM JKeJIe3bl U Jp.

INapueranbHas KiIeTKa HOYedHOro Kiryoouka [Togonut moyevHoro xrydodxa

Krerka ToHKO# gacTr netnu I'ene (B movkax)

Knerka cobuparenbHoii TpyOKH (B moyYKax)

Kierka npoToka ceMEHHOTO Iy3bIpbKa, IPEICTATEIbHOM JKeIe3bl H JI.

SnuTe/IHAIbHbIE KJIETKH, BHICTHIIAIONNE 3aMKHYThIe BHYTPEHHHE MOJ0CTH
KiteTku SHIOTENMST KDOBEHOCHBIX M JINM(ATHIECKUX COCYI0B

(eHecTpupoBaHHas

HEIpepbIBHAs

CeNe3eHOYHAs

CHHOBHAJIBHBIC KIETKHU (BBICTHIIAIOT CyCTaBHBIC IOJIOCTH U CEKPETHPYIOT ITIaBHBIM 00Pa30M IHaTypPOHOBYIO KHCIIOTY)
Cepo3Hble KJIETKU (BBICTHIIAIOT HOJIOCTH OPIOLIMHBI, IUIEBPBI U EPUKAp/Ia)

I10CcKHe KICTKH, BRICTUIIAIOMINE MEPUIMM(ATHICCKOE IPOCTPAHCTBO yXa

IUIOCKAsl KIIeTKa

cTosi04aTas KieTka SHI0IMM(ATHYECKOro MEIIOYKa C MUKPOBOPCUHKAMH 0€3 MUKPOBOPCHHOK
«TEMHas» KJICTKA

KIIETKA BeCTUOYIIIPHOH MeMOpaHbI

Ga3ainbHas KJIETKa COCYIUCTOI TIOIOCKH

MapruHajibHas KJIETKa COCYANCTON MOIOCKH

xierka Knaynmyca

kierka béruepa

Knerka cocyqucToro crieteHust (CEKpeTHpyeT 1HepeOpOCINHATIBHYIO KHIKOCTb)
ITnockast kIeTKa MATKOU U IayTHHHOM 06onovyex KieTkn pecHUYHOrO snuTenus ria3a
HUTMEHTHPOBAHHbIE

HEIHUTMEHTHPOBAHHbIC

«OHJ0TeNNaNbHas KIeTKa POrOBHUII
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PecHUYHbIE KJIETKH ¢ IPOTAJKUBaOLIeH GpyHKIUei
Knerku npxarenbHbIX 1myTei

Knerku sitneBona u suaomMerpust (y )KCHIIMH)

Knertku rete testis ¥ CeMsSBBIHOCSIIETO MPOTOKA (Y MYXKUYHH)
DNEeHAUMHBIC KJICTKH, BHICTHIIAIOIINE [TOJIOCTH MO3ra

Kierkn, cexpeTHpyoLMe BHEKJIETOYHbIH MaTpHKC

Onumenuanvhvie

Amenobmaact (cekpeTupyer 3yOHyI0 3Mallb)

Knerka planum semilunatum BecTuOynsipHOTO anmapata (CeKpeTupyeT MpOTEOTIMKAaH )

WurepaenTanbHas KIeTKa KOPTHEBOIO OpraHa (CeKpeTHpyeT BELIECTBO TEKTOPHAIBLHOW MeMOpaHBI, Jiexallled HaJl BOJIOCKOBBIMH KJIETKAMH 3TOr0
oprasa)

HesnumenuanvHole (coeounumenbHomKaHHvle)

DubpodIaCcTHI (PHIXION COSIUMHUTENEHOMH TKAaHU, POTOBUIIBI, CYXOXKMIIHH, PETUKYIISIPHON TKAaHU KOCTHOTO MO3Ta H JIp.)

IMepuuuT KPOBEHOCHOTO KaMLIApa

Knerka nucleus pulposus MEKI03BOHOYHOTO HCKA

IlemeHTOOIACT/IEMEHTOLUT (CEKPETUPYET LIEMEHT KOPHS 3y0a, CXOMHBIH C BEIIECTBOM KOCTH)

OnoHTO0IaCT/OMOHTOLHT (CEKPETHPYET ACHTHH 3y0a)

XOHIPOIHUTHI

THAJIMHOBOTO XpsIIa

BOJIOKHUCTOTO XpsLIia

9JIACTHYECKOrO XPsiIia

Ocreobmact/ocTeonut

IlepBuuHas ocTeoreHHas KJeTKa (CTBOJIOBAs KJIETKa OCTEO0IaCTOB)

I'manouut CTEKIOBUIHOTO TEMa ri1asa

3Be3nuaTas KIeTKa neprwinM(paTHIeCKOro IIPOCTPAHCTBA yXa

CokpaTuMBble KJIeTKH

KieTkn ckeneTHBIX MBI

KpacHble (MEIJICHHBIC)

6eJbie (ObICTpBIC)

MIPOMEXKYTOYHBIE

MBIILIEYHOE BEPETEHO C SIEPHOI CyMKOH
MBIIICYHOE BEPETCHO C SIACPHOM LETTIOUKOM
KJIETKa-CaTeJUIUT (CTBOJIOBAsT)

KieTtku cepeuHoit MBIIIIIBI

0OBIYHBIE

y3I0BbIe (HeficMelikepHbIe)

BosiokHa ITypkunbe

Knerku riankoii Myckynatypsl (pa3Hbie)
MuosnuTenHaNbHbIC KISTKU

pamyKHOH 000JI0UKH

9K30KPUHHBIX JKelle3

KneTkn kpoBU 1 MMMYHHOI CHCTEMBbI

Dpurpouut

Merakapuonur

Maxkpodary 1 poACTBEHHbIE KJIETKH

MOHOIIUT

MHKpO]aru CoeTMHUTENHON TKaH! (pa3HbIe)

KiieTka Jlanreprauca (B snuaepmuce)

OCTEOKJIACT (B KOCTH)

JCHIPUTHAS KIeTKa (B IMM(OUTHBIX TKAHSIX)
MHKpOTIHaJIbHAs KJIeTKa (B LIEHTPaJIbHOI HEPBHOM cucteMe)
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Heiirpodun Dozunodpun bazopun Tyynas knerka T-muMporuTsi
T-xennep

T-cynpeccop

T-xusep

B-nmumdouutsr,

MIPOAyLHUpPYyIOIIUe

IgE
Knerka-kumiep
CTBOJIOBBIE KJIETKH M KOMMHUTHUPOBAHHBIE NPELIECTBEHHUKH JUI KPOBU U IMMYHHOU CUCTEMBI (pa3HbIe)

Cencopuble npeodpa3zoBaTeiu

DdoropenenTopst

TIAJIOYKH KOTOOUKH

YyBCTBUTEIILHBIC K CHHEMY

YyBCTBUTEIbHBIE K 3€]IEHOMY

JyBCTBUTENIbHBIC K KPACHOMY

CityXOBBI€ PEIeNTOPHBIEC KICTKH

BHYTPEHHHE BOJOCKOBbIE KJIETKH KOPTUEBA OpPraHa
Hapy’KHbIE BOJIOCKOBBIC KIIETKU KOPTHEBA OpraHa
PenenTops! yCKOpEHHUS U CHIIBI TSDKECTH
BOJIOCKOBBIE KJIETKU BECTHOYIISIPHOTO arnmapara
Tun |

Tun 11

BkycoBble penienTopHble KIETKH

KJIETKA BKYCOBOM JTyKOBHIIBI,

Tun 11

OOOHSATENbHBIE PELENTOPHBIE KIETKH
0OOHSTENBHBIA HEHPOH

6azanbHasi KJIETKa OOOHSTEIBHOTO SIUTENHS (CTBOJIOBAS VIS OOOHATENILHBIX HEHPOHOB)
Penenropsl pH kposu

KJIIETKH KapOTHIHOTO TeJbIa

Tun |

Tun 11

Ocs3aTenbHbIe PELENTOPHBIC KICTKU

KJIeTKa MepKerst B SIHIepMHCEe

NEPBUYHBIE OCS3aTeNbHbIE HEHPOHBI (pa3HbIE)
TepmopenenTopHble KIETKH

MEPBUYHbIE TEPMOPELENTOPHEIE HEHPOHBI
YyBCTBUTEJIBHBIC K XOJIOLY

JyBCTBUTEIIBHBIC K TEILTY

Bonesslie penentopst

HEepPBUYHBIC HEHPOHBI, YyBCTBHTENIBHbIC K 0011 (pa3HbIe)
Penentops! monoxeHNs ¥ HAIPSDKCHHH B CKEJICTHO-MBIIICYHON CHCTEMe IIepBHIHBIC IPONPUOLCITHBHBIC HEHPOHBI (pa3HbIe)

BereraTupHble HelPOHBI
XonuHapruueckue (pa3HbIe)
Anpendprudeckue (pa3Hbie)
Tlentumpruueckue (pa3Hbie)
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OnopHble KIeTKH OPraHOB YyBCTB H NepudepHYecKUuX HelipOHOB
OmnopHbIe KJIETKH KOPTHEBa OpraHa

BHYTPEHHSIsI CTOI0UaTas KJIeTKa

Hapy’KHasl CTOI04aTast KIeTKa

BHYTpPEHHsIS (paJlaHroBast KJIeTka

HapyxHas (asaHroas KieTka

MOTPaHUYHAS KIETKA

kierka ['eHceHa

OnopHas KJIeTKa BECTHOYJIIPHOTO amnmapaTa

OnopHasi KJIeTKa BKYCOBOW MOYKH (KJIETKA BKYCOBOM MOYKH, THII [)
OrnopHasi KJieTka 0OOHSTEIBHOTO SIUTEINS

IIIBaHHOBCKAs KIETKa

Knerka-caremuT (MHKaNCyaupyomas Teia nepupepruyeckux HeiipoHOB)
I'muanbHas KIeTKa KHIICYHUKA

HeiipoHbl U riuajJbHble KJIETKH HEeHTPAJIbHOIl HePBHOI cHCTEMBI

Heiipons! (orpoMHOE pa3HOOOpa3Ke TUIIOB, TTOKA €IIE [UI0X0 KIACCH()UIMPOBAHHBIX )
I'naneuble kneTku

acTpouuThl (pa3HbIe)

OJIMTOJICHIPOLIUT

Kuerkn xpycrajiuka
OnuTenuanpHas KIeTKa epeHel YacTu XpycTaauka
BouokHo xpycranuka (KJIeTka, cofepiKaiias KpUCTaJUIMHbI)

ITurMeHTHBIE KJIETKH
MenaHour
DnuTenranbHas KJIeTKa MUTMEHTHOTO CJIOSI CETUYATKH

IMos10BBIE KIIETKH

OoroHus/00UUT

CriepMaToOroHust (CTBOJIOBAsE KJIETKA JJIsl CIIEPMATOLUTOB)
CrniepmMaTonuT

IuTaomue KJIeTKH

Kierka stitieBoro ¢omkysia
Knerka Cepromnu (B CEMCHHHKE)
DnurennanbHas KJIeTKa THMYCa

Jlutepatypa

O0masn

Clark W.E. Le Gros. The Tissues of the Body, 6th ed. Oxford, U.K., Clarendon Press, 1971.

Cormack D. Ham's Histology, 9th ed. Philadelphia: Lippincott, 1987.

Fawcett D. W. (Bloom and Fawcett) A Textbook of Histology, 11 th ed. Philadelphia, Saunders, 1986.

Goss R.J. The Physiology of Growth. New York: Academic Press, 1978.

Weiss L., ed. Histology: Cell and Tissue Biology, 5th ed. New York, Elsevier, 1983.

Wheater P.R., Burkitt H.G., Daniels V.G., Functional Histology, 2nd, ed. Edinburgh, Churchill Livingstone, 1987.

IuTnpoBanHas

1. Clark W.E. Le Gros. The Tissues of the Body, 6th ed. Oxford, U.K., Clarendon Press, 1971.
Montagna W. The skin. Sci. Am. 212(2), 56-66, 1965.

Wessels N. K. Tissue Interactions and Development. Menlo Park, CA, Benjamin Cummings, 1977.
2. Cahn R. D., Cahn, M. B. Heritability of cellular differentiation: clonal growth



211

expression of differentiation in retinal pigment cells in vitro. Proc. Natl. Acad. Sci. USA, 55, 106-114, 1966.

Coon H. G. Clonal stability and phenotypic expression of chick cartilage cells in vitro. Proc. Natl. Acad. Sci. USA, 55, 66-73, 1966.

Itoh Y, Eguchi G. In vitro analysis of cellular metaplasia from pigmented epithelial cells to lens phenotypes: a unique model of studying cellular and
molecular mechanisms of "transdifferentiation". Dev. Biol, 115, 353-362, 1986.

Yaffe D. Retention of differentiation potentialities during prolonged cultivation of myogenic cells. Proc. Natl. Acad. Sci. USA, 61, 477-483, 1968.

3. Anderson J. E. The effect of steroid hormones on gene transcription. In: Biological Regulation and Development (R. F. Goldberger, K.
Yamamoto, eds.), Vol. 3B, pp. 169-212. New York, Plenum, 1983.

Okada T. S., Kondoh H., eds. Commitment and Instability in Cell Differentiation. Curr. Top. Dev. Biol., 20, 1986.

4. Hosley M. A., Hughes S. E., Oakley B. Neural induction of taste buds. J. Cotp. Neurol., 260, 224-232, 1987.

Kinnamon S. C. Taste transduction: a diversity of mechanisms. Trends Neurosci., 11, 491-496, 1988.

Zalewski A. A. Neuronal and tissue specifications involved in taste bud formation. Ann. N.Y. Acad. Sci., 228, 344-349, 1974.

5. Goss R.J. The Physiology of Growth. New York, Academic Press, 1978.

6. Clayton R. M. Divergence and convergence in lens cell differentiation: regulation of the formation and specific content of lens fibre cells. In
Stem Cells and Tissue Homeostasis (B. Lord, C. Potten, R. Cole, eds.), pp. 115-138. Cambridge University Press, 1978.

Goss R.J. The Physiology of Growth, pp. 210-225. New York, Academic Press, 1978.

Maisel H., ed. The Ocular Lens: Structure, Function, and Pathology. New York, Dekker, 1985.

Wistow G. J., Piatigorsky J. Lens crystallins: the evolution and expression of proteins for a highly specialized tissue. Annu. Rev. Biochem., 57,
479-504, 1988.

7. Fawcett D. W. (Bloom and Fawcett) A Textbook of Histology, 11 th ed. Philadelphia, Saunders, 1986.

Gevers W. Protein metabolism in the heart. J. Mol. Cell. Cardiol., 16, 3-32, 1984.

Young R. W. Visual cells. Sci. Am. 223(4), 80-91, 1970.

8. Aherne W.A., Camplejohn R.S., Wright N. A. In Introduction to Cell Population Kinetics. London, Edward Arnold, 1977.

Wright N.A., Alison M.R. Biology of Epithelial Cell Populations, Vol. 1-3. Oxford, U.K., Oxford University Press, 1984.

9. Fawcett D. W. (Bloom and Fawcett). A Textbook of Histology, 11th ed. pp. 679-715. Philadelphia, Saunders, 1986.

Moog F. The lining of the small intestine. Sci. Am. 245(5), 154-176, 1981.

10. Fausto N. New perspectives on liver regeneration. Hepatol., 6, 326-327, 1986.

Gohda E., et al. Purification and partial characterization of hepatocyte growth factor from plasma of a patient with fulminant hepatic failure. J. Clin.
Invest., 81, 414-419, 1988.

Goss K. J. The Physiology of Growth, pp. 251-266. New York, Academic Press, 1978.

Holder N. Regeneration and compensatory growth. Br. Med. Bull., 37, 227-232, 1981.

11. Anderson J. R., ed. Muir's Textbook of Pathology, 12th ed. London, Edward Arnold, 1985.

Robbins S. L., Cotran R. S., Kumar V. Pathologic Basis of Disease, 3rd ed. Philadelphia, Saunders, 1984.

12. Campbell J. H., Campbell G. R. Endothelial ceil influences on vascular smooth muscle phenotype. Annu. Rev. Physiol., 48, 295-306, 1986.

Development of the Vascular System. Ciba Symp. 100. London, Pitman, 1983.

Fawcett D. W. (Bloom and Fawcett) A Textbook of Histology, 11th ed., pp. 367-405. Philadelphia, Saunders, 1986.

Ryan U.S., ed. Endothelial Cells, Vols. 1-3. Boca Raton, FL, CRS Press, 1988.

13. Goss R.J. The Physiology of Gowth. pp. 120-137. New York, Academic Press, 1978.

Hobson B., Denekamp J. Endothelial proliferation in tumours and normal tissues: continuous labelling studies. Br. J. Cancer, 49, 405-413, 1984.

14. Folkman J. The vascularization of tumors. Sci. Am. 234(5), 58-73, 1976.

Folkman J., Haudenschild C. Angiogenesis in vitro. Nature., 288, 551-556, 1980.

Madri J. A., Pratt B. M. Endothelial cell-matrix interactions: in vitro models of angiogenesis. J. Histochem. Cytochem., 34, 85-91, 1986.

15. Folkman J., Klasbrun M. Angiogenic factors. Science, 235, 442-447, 1987.

Kalebic T., Garbisa S., Glaser B., Liotta L. A. Basement membrane collagen: degradation by migrating endothelial cells. Science, 221, 281-283,
1983.



212

Knighton D. R., et al. Oxygen tension regulates the expression of angiogenesis factor by macrophages. Science, 221, 1283-1285, 1983.

Leibovich S.J., et al. Macrophage-induced angiogenesis is mediated by tumour necrosis factor-alpha. Nature, 329, 630-632, 1987.

Schweigerer L., et al. Capillary endothelial cells express basic fibroblast growth factor, a mitogen that promotes their own growth. Nature, 325,
257-259, 1987.

16. Cairnie A. B., Lala P.K., Osmond D. G., eds. Stem Cells of Renewing Cell Populations. New York, Academic Press, 1976.

Cheng H., Leblond C. P. Origin, differentiation, and renewal of the four main epithelial cell types in the mouse small intestine. V. Unitarian theory
of the origin of the four epithelial cell types. Am. J. Anat., 141, 537-562, 1974.

17. Graziadei P.P. C., Monti Graziadei G. A. Continuous nerve cell renewal in the olfactory system. In Handbook of Sensory Physiology, Vol. IX,
Development of Sensory Systems (M. Jacobson, ed.). pp. 55-82. New York, Springer-Verlag, 1978.

18. Alien T.O., Potten C.S. Fine-structural identification and organization of the epidermal proliferative unit. J. Cell. Sci, 15, 291-319, 1974.

Bereiter-Hahn, J. Matolsy A. G. Richards K. S., eds. Biology of the Integument, Vol. 2, Vertebrates. New York, Springer, 1986. MacKenzie 1. C.
Ordered structure of the stratum corneum of mammalian skin. Nature, 222, 881-882, 1969.

Sengel P. Morphogenesis of skin. Cambridge, U. K., Cambridge University Press, 1976.

Stenn K. S. The skin. In Histology: Cell and Tissue Biology L. Weiss, ed.), 5th ed pp. 569-606. New York, Elsevier, 1983.

19. Fuchs E., Green H. Changes in keratin gene expression during terminal differentiation of the keratinocyte. Cell, 19, 1033-1042, 1980.

Green H. The keratinocyte as differentiated cell type. Harvey Lectures, 74, 101-139, 1979.

Sawyer R. H., ed. The Molecular and Developmental Biology of Keratins. Curr. Top. Dev. Biol., 22, 1987.

20. Barrandon Y, Green H. Three clonal types of keratinocyte with different capacities for multiplication. Proc. Nat). Acad. Sci. USA, 84, 2302-
2306, 1987.

Green H. Terminal differentiation of cultured human epidermal cells. Cell, 11, 405-415, 1977.

Watt F. M. Selective migration of terminally differentiating cells from the basal layer of cultured human epidermis. J. Cell. Biol., 98, 16-21, 1984.

21. Barrandon Y., Green H. Cell migration is essential for sustained growth of keratinocyte colonies: the roles of transforming growth factor-alpha
and eidermal growth factor. Cell, 50, 1131-1137, 1987.

Read J., Watt F. M. A model for in vitro studies of epidermal homeostasis: proliferation and involucrin synthesis by cultured human keratinocytes
during recovery after stripping off the suprabasal layers. J. Invest. Dermatol., 90, 739-743, 1988.

22. Fawcett D. W. (Bloom and Fawcett). A Textbook of Histology, 11th ed. pp. 568-576, 901-912. Philadelphia, Saunders, 1986. Neville M. C.,

Neifert M. R. Lactation: Psysiology, Nutrition, and Breast-Feeding. New York, Plenum, 1983.

Patton S. Milk. Sci Am. 221(1), 58-68, 1969.

Richards R. C., Benson G. K. Ultrastructural changes accompanying involution of the mammary gland in the albino rat. J. Endocrinol., 51, 127-
135, 1971.

Vonderhaar B. K., Topper Y. J. A role of the cell cycle in hormone-dependent differentiation. J. Cell. Biol, 63, 702-712, 1974.

23. Dexter T. M., Spooncer E. Growth and differentiation in the hemopoietic system. Annu. Rev. Cell Biol., 3, 423-441, 1987.

Weiss L., ed. Histology: Cell and Tissue Biology, 5th ed., pp. 447-509. New York, Elsevier, 1983.

Wintrobe M.M. Blood, Pure and Eloquent. New York, McGraw-Hill, 1980.

24. Stossel T. P. The molecular biology of phagocytes and the molecular basis of nonneoplastic phagocytic disorders. In The Molecular Basis of
Blood Diseases (G. Stamatoyannopoulos, A. W. Nienhuis, P. Leder, P. W. Majerus, eds.), pp. 499-533. Philadelphia, Saunders, 1987.

Zucker M.B. The functioning of blood platelets. Sci. Am. 242(6), 86-103, 1980.

25. Robbins S. L., Cotran R. S., Kumar V. Pathological Basis of Disease, 3rd ed. Philadelphia, Saunders, 1984.

Taussig M.J. Processes in Pathology and Microbiology, 2nd ed. Oxford, U. K, Blackwell, 1984.

26. Magli M. C., Iscove N. N., Odartchenko N. Transient nature of haemopoietic spleen colonies. Nature, 295, 527-529, 1982.

Till J. E., McCulloch E. A. A direct measurement of the radiation sensitivity of normal mouse bone marrow cells. Radiat. Res., 14, 213-222, 1961.

27. Lemischka I. R., Raulet D. H., Mulligan R. C. Developmental potential and dynamyc



213

behavior of hematopoietic-stem cells. Cell, 45, 917-927, 1986.

Wu A. M., Till J. E., Siminoitch L., McCulloch E. A. Cytological evidence for relationship between normal hematopoietic colony-forming cells and
cells of the lymphoid system. J. Exp. Med., 127, 455-462, 1968.

28. Till J.E., McCulloch E. A. Hemopoietic stem cell differentiation. Biochem. Biophys. Acta, 605, 431-459, 1980.

29. Dexter T. M., Heyworth C., Whetton A. D. The role of growth factors in haemopoiesis. Bioessays, 2, 154-158, 1985.

Metcalf D. Clonal analysis of proliferation and differentiation of paired daughter cells: action of granulocyte-macrophage colony-stimulating factor
on granulocytemacrophage precursors. Proc. Natl. Acad. Sci. USA, 77, 5327-5330, 1980.

Metcalf D. The Hemopoietic Colony-Stimulating Factors. Amsterdam, Elsevier, 1984.

30. Goldwasser E. Erythropoietin and the differentiation of red blood cells. Fed. Proc., 34, 2285-2292, 1975.

Heath D. S., Axelrad A.A., McLeod D.L., Shreeve M.M. Separation of the erythropoietin-responsive progenitors BFU-E and CFU-E in mouse bone
marrow by unit gravity sedimentation. Blood. 47, 777-792, 1976.

Ihle J. N., et al. Biological properties of homogeneous interleukin 3. J. Immunol., 131, 282-287, 1983.

Suda J., et al. Purified interleukin-3 and erythropoietin support the terminal differentiation of hemopoietic progenitors in serum-free culture. Blood,
67, 1002-1006, 1986.

31. Metcalf D. The Wellcome Foundation Lecture, 1986. The molecular control of normal and leukaemic granulocytes and macrophages. Proc. R.
Soc. Lond. (Biol.), 230, 389-423, 1987.

Roberts R., et al. Heparan sulphate-bound growth factors: a mechanism for stromal cell-mediated haemopoiesis. Nature, 332, 376-378, 1988.

32. Spangrude G. J., Heimfeld S., Weissman I. L. Purification and characterization of mouse hematopoietic stem cells. Science, 241, 58-62, 1988.

Suda T., Suda J., Ogawa M. Disparate differentiation in mouse hemopoietic colonies derived from paired progenitors. Proc. Natl. Acad. Sci. USA,
81, 2520-2524, 1984.

33. Cormack D. Ham's Histology, 9th ed., pp. 388-420. Philadelphia, Lippincott, 1987. Pearson M. L, Epstein H. F., eds. Muscle Development:
Molecular and Cellular Control. Cold Spring Harbor, N. Y., Cold Spring Harbor Laboratory, 1982.

34. Clegg C, H., Linkhart T. A., Olwin B. B., Hauschka S. D. Growth factor control of sceletal muscle differentiation: commitment to terminal
differentiation occurs in Gl phase and is repressed by fibroblast growth factor. J. Cell Biol., 105, 949-956, 1987.

Davis R. L., Weintraub H., Lassar A. B. Expression of single transfected cDNA converts fibroblasts to myoblasts. Cell, 51, 987-1000, 1987.

Devlin R. B., Emerson C. P., Jr. Coordinate regulation of contractile protein synthesis during myoblast differentiation. Cell, 13, 599-611, 1978.

Konigsberg I. R. Diffusion-mediated control of myoblast fusion. Dev. Biol., 26, 133-152, 1971.

Menko A. S., Boettiger D. Occupation of the extracellular matrix receptor, integrin, is a control point for myogenic differentiation, Cell, 51, 51-57,
1987.

Pinney D.F., Pear son-White S.H., Konieczny S.F., Latham K.E., Emerson C. P. Myogenic lineage determination and differentiation: evidence for a
regulatory gene pathway. Cell, 53, 781-793, 1988.

35. Buckingham M., et al. Actin and myosin multigene families: their expression during the formation and maturation of striated muscle. Am. J.
Med. Genet., 25, 623-634, 1986.

Lomo T., Westgaard R. H., Dahl H. A. Contractile properties of muscle: control by pattern of muscle activity in the rat. Proc. R. Soc. Lond. (Biol.),
1987, 99-103, 1974.

Miller J. A, Stockdale F. E. What muscle cells know that nerves don't tell them. Trends Neurosci., 10, 325-329, 1987.

Sanes J. R. Cell lineage and the origin of muscle fibre types. Trends Neurosci., 10, 219-221, 1987.

36. Bischoff R. Proliferation of muscle satellite cells on intact myofibers in culture. Dev. Biol., 115, 129-139, 1986.

Goldspink G. Development of muscle. In Differentiation and Growth of Cells in Vertebrate Tissues (G. Goldspink, ed.), pp. 69-99. London,
Chapman and Hall,

1974. Moss F. P., Leblond C. P. Satellite cells as a source of nuclei in muscles of growing rats. Anat. Rec., 170, 421-435, 1971.

37. Gabbiani G., Rungger-Brandle E. The fibroblast. In Tissue Repair and Regeneration (L. E. Glynn, ed.), pp. 1-50. Handbook of inflammation,
Vol. 3. Amsterdam, Elsevier, 1981.



214

Fawcett D. W. (Bloom and Fawcett). A Textbook of Histology, 11th ed., pp. 136-187. Philadelphia, Saunders, 1986.

38. Conrad G. W., Hart G. W., Chen Y. Differences in vitro between fibroblast-like cells from cornea, heart, and skin of embryonic chicks. J. Cell
Sci., 26, 119-137, 1977.

Hauschka P. V., Mavrakos A. E., lafrati M. D., Doleman S. E., Klagsbrun M. Growth factors in bone matrix: isolation of multiple types by affinity
chromatography on heparin-Sepharose. J. Biol. Chem., 261, 12665-12674, 1986.

Reddi A. H., Gay R., Gay S., Miller I. J. Transitions in collagen types during matrix-induced cartilage, bone and bone marrow formation. Proc. Natl.
Acad. Sci. USA, 74, 5589-5592, 1977.

Schor S. L., Schor A. M. Clonal heterogeneity in fibroblast phenotype: implications for the control of epithelial-mesenchymal interactions.
Bioessays, 7, 200-204,

1987. Seyedin S. M., et al. Cartilage-inducing factor-A: apparent identity to transforming growth factor-beta. J. Biol. Chem., 261, 5693-5695, 1986.

39. Benya P. D., Schaffer J. D. Dedifferentiated chondrocytes reexpress the differentiated collagen phenotype when cultured in agarose gels. Cell,
30, 215-224, 1982.

Caplan A.I Cartilage. Sci. Am. 251(4), 84-94, 1984. von der Mark K., Gauss V., von der Mark H., Muller P. Relationship between cell shape and
type of collagen synthesized as chondrocytes lose their cartilage phenotype in culture. Nature, 267, 531-532, 1977.

Zanetti N. C., Solursh M. Induction of chondrogenesis in limb mesenchymal cultures by disruption of the actin cytoskeleton. J. Cell Biol., 99, 115-
123, 1984.

40. Spiegelman B. M., Ginty C. A. Fibronectin modulation of cell shape and lipogenic gene expression in 3T3 adipocytes. Cell, 35, 657-666, 1983.

Sugihara H., Yonemitzu N., Miyabara S., Yun K. Primary cultures of unilocular fat cells: characteristics of growth in vitro and changes in
differentiation properties. Differentiation, 31, 42-49, 1986.

Zezulak K.M., Green H. The generation of insulin-like growth factor-1-sensitive cells by growth hormone action. Science, 233, 551-553, 1986.

41. Cormack, Hanvs Histology, 9th ed., pp. 264-323. Philadelphia, Lippincott, 1987.

Fawcett D. W. (Bloom and Fawsett). A Textbook of Histology, 11th ed., pp. 188 238. Philadelphia, Saunders, 1986.

Jee W. S. S. The skeletal system. In Histology: Cell and Tissue Biology (L. Weiss, ed.), 5th. ed., pp. 200 255. New York, Elsevier, 1983.

42. Hall B.K. Cartilage, Vols. 1-3. New York, Academic Press, 1983.

43. Marcus R. Normal and abnormal bone remodeling in man. Ann. Rev. Med., 38, 129-141, 1987.

Osdoby P., Krukowski M., Oursler M. J., Salino-Hugg T. The origin, development, and regulation of osteoclasts. Bioessays, 7, 30 34, 1987.

Vaughan J. The Phisiology of Bone, 3rd ed. Oxford, U.K., Clarendon Press, 1981.

44. Cormack D. Ham's Histology, 9th ed. pp. 312-320. Philadelphia, Lippincott, 1987.

45. Currey J. The Mechanical Adaptations of Bone. Princeton, NJ, Princeton University Press, 1984.

Goss R.J. The Phisiology of Growth. New York, Academic Press, 1978.

Rogers S.L. The Aging Skeleton. Springfield, IL, Thomas, 1982.

Sinclair D. Human Growth After Birth, 4th ed. Oxford, U. K., Oxford University Press, 1985.



215

18. UMmmyHHas cucrema

Hamra yMMmyHHast cucTeMa cliacaeT Hac OT HEMHMHYEMOIl CMepTH B pe3yibTaTe MH(EKLIHOHHBIX 3abosieBanuii. JI1000il peGeHOK, pomuBIIMIiCcs ¢
CHJIBHO HapyIICHHOH (YHKIMEH MMMYHHOWH CHCTEMBI, 0OpedYeH Ha CKOpYI0 rubeib, ecid He OyayT HPUHATHI YPE3BBIYANHHBIC MEPBI O €r0 M30JLILHH OT
MHOXECTBAa HH(EKIIHOHHEIX areHTOB - OaKTepHid, BUPYCOB, IATOI€HHBIX I'PHOOB U Mapa3uToB. He TOMBKO 4eNoBeK, HO U JII000€ ITO3BOHOYHOE KHBOTHOE C
HNMMYHOJIOTHYECKOH HEeIOCTaTOYHOCTHIO (MMMYHOIE()UIIUTOM) HAXOAUTCS IO YTPO30H CMEPTH.

Bce m03BOHOYHBIC MMCIOT HMMYHHYIO CHCTEMY. Y OECIIO3BOHOYHBIX 3QIUTHBIC CHCTEMbI 00Jee MPUMHUTHBHBI;, OOBIYHO MX OCHOBY COCTABISIOT
¢aronutupyromue KieTku. Takue KISTKH - TIaBHBIM 00pa3oM Makpodard U HEHTpO(IIBI - UIpaloT BaXKHYIO POIb B 3al[UTE OT MH(EKIHUH TaKXkKe U y
MO3BOHOYHBIX (pa3x. 17.5.1), Ho 9TO NUIIB YacTh ropasfo Oosee CI0KHON U COBEPLICHHOM 3aI[UTHON CHCTEMBL.

Hmmynonozus, Hayka 06 MMMYyHHOI CHCTEME, BBIPOCIA M3 MPOCTOrO HAOMIOJCHMS: JIFOIHM, IIEPEHECIIHE HEKOTOPhIC MH(EKIHOHHBIC GOJIC3HH,
CTAQHOBATCS K HUM HEBOCHPHUMYUBBIMHU («HMMYHHBIMH»), T.€. PEAKO 3a00JICBAIOT UMM CHOBA. Takoil IMMYHHUTET BEICOKOCTICIU(UYCH: TOT, KTO Iepeboern
KOpPbIO, 3alMIIEH OT BHPYCOB KOPH, HO HE OT APYTMX PACIPOCTPAHEHHBIX BHUPYCOB, TAKMX KaK BO30OYIHTEIM SIHMAEMUYECKOrO MApOTHTAa (CBHHKH) WIH
BeTpsiHOM ocribl. Takoro pozaa crnelupuuHOCTb - (yHIaMEHTaIbHAs 0COOCHHOCTh BCEX NMMYHHBIX PEaKIUi.

MHorue peakiuy IMMYHHOU CHCTEMBI IIPUBOMAT K Pa3pyIICHUIO U yJaIeHHUIO BHEAPUBIIHNXCS ITapa3sUTHICCKUX OPTraHM3MOB U BHIPaOATHIBACMBIX
UMHU TOKCHYHBIX MOJIEKyJ. IIOCKONBKY Takue MMMYyHHbIE PEaKLM{ HAlpaBICHbl Ha pa3pyLICHHE, BAXHO, YTOOBI OHH 3allyCKAJINUCh TOJBKO YYXKIBIMH
OpraHU3My, HO HE ero CoOCTBEHHBIMU MoJjeKyaamMu. CHOCOOHOCTh OTINYATH uyJcoe OT C80e20 - 6nmopoe (yHIaMEHTAIbHOE CBOHCTBO HMMYHHOH CHCTEMBbI.
W3penxa cirydaercs, YTO OHA IPHHHUMACT «CBOE» 33 «UyKOe» M HaYMHACT Pa3pylIUTENbHBIC NEHCTBHS IPOTUB COOCTBEHHBIX MOJEKYI OpraHu3Ma. Takue
aymoummynHole 3a0071€6anus MOTYT IPHBOAUTH K CMEPTEILHOMY HCXOLY.

ViMMyHHas cucTeMa BbIpaOOTanach B MPOLECCE IBOJIOLMH [MO3BOHOYHBIX KAaK CPEJCTBO 3aIUUTHI OT 3apPaXCHHUSI MHKPOOpPraHM3MaMH U Ooinee
KpYIHBIMH [Tapa3uTaMy; OJHAKO OOJIbIIAs YacTh CBEJCHHI 00 HMMyHHUTETE ObLIa IIOIyYeHA IIPU U3YYCHHU PEaKIHH JIAO0OpaTOPHBIX )KUBOTHEIX HA BBEICHUE
HEMH(EKIHOHHBIX areHTOB, TAKUX KaK 4yXKepoJHble Oenku u nosucaxapunasl. [loutu srobas MakpoMoneKylna, 4yXkIas OpraHu3My PELMIMEHTa, MOXET
BBI3BAaTh UMMYHHBIH 0TBeT. BeliecTBo, criocoOHOE BbI3BaTh UMMYHHBIH OTBET, HAa3bIBAIOT AHTUTE€HOM (T.€. reHepaTopoM anmumern). CaMoe YAUBUTEIBHOE TO,
9TO UMMYHHAsl CHCTEMa MOXKET Pa3lIM4yaTh Ja)ke OYeHb CXOAHbIC aHTHI€HBI, HAIpHMep JBa Oelka, pa3INJaloliecs TOJbKO OJHOI aMHHOKHCIIOTOH, WX ABa
OIITHYECKHUX H30Mepa.

CylLIecTBYIOT /1Ba OCHOBHBIX THIIA HMMYHHBIX OTBETOB: 1) TyMOpailbHbIC OTBETHI M 2) MMMYHHBIC OTBEThI KJICTOYHOro THma. I'ymopajibHbie
OTBETHI CBSI3aHEI C BHIPA0OTKON AHTHTEN - H€IKOB, Ha3bIBAEMBIX TaKXKe UMMYHO-
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2nofyiunamu. AHTHTENA LUPKYJIUPYOT B KPOBH M IPOHHKAIOT B APYIHE JKUAKOCTH OpP2AHUIMA, 20€ Cheyu@uuecKu CEA3bl8Aomcs ¢ HyKepPOTHBIMH
anmuzenamu, evizeaguumu ux cunmes. Ceasvleanue ¢ aHmumenamu UHAKMUBAPYET BUPYChl M OAaKTepHalIbHbIC TOKCHHBI (TAaKME, KaK CTOJIOHAYHBIA MM
OOTYJIMHUYECKHUH), OJOKUPYs MX CIIOCOOHOCTh NPHCOCAMHATHCA K PELENTOpaM Ha KiIeTKax-MHIIEeHSX. CBs3aHHbIE aHTUTENA CIYXKAT «METKaMm» Ui
MHKPOOPTraHU3MOB, [OUICKAIINX YHHYTOKCHHIO, - O0JIEr4aroT HX IOIJIOMeHHE (arouTaMy WK aKTHBUPYIOT 0COOYI0 CHCTEMY OENIKOB KPOBH (HA3BIBACMYIO
KOMNIeMeHnom), KoTopas yOuBaeT STH MUKPOOPTaHU3MBI.

VIMMyHHBIH OTBET KJI€TOYHOI0 TUIIA - BTOPOH BUJ| HMMYHHBIX PEaKIHii - COCTOUT B 0OPAa30BAHNM CHCLUATH3UPOBAHHBIX KJICTOK, PEarHPYIOLINX C
4y’)KEPOAHBIM AaHTUTCHOM Ha [OBEPXHOCTH APYTHX COOCTBEHHBIX KJIETOK OpraHu3Ma. Pearupyromas KieTka MOXKeT YOHTb COOCTBEHHYIO KIICTKY, 3apaKCHHYIO
BHPYCOM U MMEIOIIYIO Ha CBOCH NOBEPXHOCTH BHPYCHBIE OCJIKU, TEM CaMbIM YHHYTOXKasi HHOHLIUPOBAHHYIO KICTKY 10 3aBEpLICHUS PEIUIMKALMU BUpyca. B
JPYrHX CIy4asXx peakiust KICTKH COCTOMT B CEKPCLMHM XHMHMYECKHX CHMTHAJIOB, CTHMYJMPYIOLIMX pPa3pyLICHHE BHEAPUBIIMXCS MHKPOOPraHH3MOB
Makpogaramu.

I'maBHas mpobGiema, ¢ KOTOPOil CTOJKHYJNach MMMYHOJIOTHS, 3aKiiodanack B TOM, 4YTOOBI INOHSTh, KakuM o00pa3oM HMMyHHas CHCTEMa
crie(pUUEcKH Pacro3HaéT U arpecCHBHO PearupyeT Ha MPaKTHYECKH Ge3rpaHHYHOEC MHOXKECTBO 4y)KEPOJHBIX MOJICKYJI U B TO K€ BPEMsl HE aTaKyeT ACCATKH
THICSY  PA3JIMYHBIX MaKPOMOJICKYJI, BBIPA0ATHIBACMBIX KJICTKAMH COOCTBEHHOro opranu3ma. UroObl MOJONTH K OTBETYy HA 3TOT BOIPOC, MBI CHadama
PaccMOTPUM KIICTKH, OTBETCTBEHHBIC 3a JiBa THIIA HMMYHHTETa. 3aTeM MBI OCIEOBATEILHO O3HAKOMHMCS ¢ (PyHKIMEH U CTPYKTYpOH aHTHUTEN, CHCTEMOMH
KOMIUIEMEHTA U CTeLH()HICCKUMU OCOOCHHOCTSIMH KJIETOYHOTO HMMYHHTETA.

18.1. KiieTrouHasi o0cHOBa MMMYHUTETA

18.1.1. UMMyHHasi cucTeMAa YeJI0BEeKAa COCTOUT U3 TPUILIMOHOB JiuMpounTos [1]

3a crien(pUIHOCTh MIMMYHHTETA OTBETCTBCHHBI JIMM(OLMTBI - O/IHA U3 TPYII JIeHKouuTOB. OHU COmepKaTCst B GOIBIINX KOJIMYECTBAX B KPOBH, B
muMmde (GecuBeTHast KUAKOCTh JTUM(PATHIECKUX COCYAOB, COCAUHSIONIMX MEXIY COOOH JMM(pAaTHYEeCKUe y3JIbl) H B CIELMATM3UPOBAHHEIX JHM(OHIHBIX
OpraHax, TakMx Kak TUMYC (BHJIOYKOBas jKelesa), TuM(paTHIecCKUe y3ibl, ceJe3eHKa U anneHaukce (puc. 18-1).

Ob6ree uncito MMGOIUTOR B OPraHU3ME YeIOBeKa COCTaBIseT 0ko10 2-10'%; o KIeTouHol Macce HMMYHHAs CHCTEMA CPABHHMA C IIEUEHBI0 HIIH
Mo3roM. XoTs JUMGOLMTEl YK€ TAaBHO NPH3HAHBI OJHUM M3 BAXKHBIX KIETOYHBIX KOMIIOHEHTOB KPOBM, HX LEHTPAIbHAs POJb B HUMMYHHTETe Obuia
HPOJIEMOHCTPUPOBAHA JIHIIb B KOHIE 50-X rofoB. B pearommx sKcepUMeHTax MbIIIeil WM KPbIC MOJABEPraiy CHIBHOMY OOJIyYCHHIO, IPHBOAUBIIEMY K
rubeny OOJIBIIMHCTBA JICHKOIUTOB, B TOM 4YHcIie TUM(GOLUTOB. OOIy4eHHBIM )XKUBOTHBIM, HECTIOCOOHBIM K MIMMYHHOMY OTBETY, MOKHO OBLIO BBOJHUTH KIIETKU
Pa3IHYHBIX THIIOB, YTOOBI BBLICHUTB, KAKHE U3 HUX BOCCTAHABIMBAIOT HUMMYHHYIO PEaKTUBHOCTE. TakUM CBOWCTBOM 00JaJjanu TOIbKO JITUMGOIHUTE (pHc. 18-
2). TlockonbKy BOCCTaHABIHBAJINCh KaK KIETOYHbIC ()OPMbI HMMYHHOIO OTBETA, TaK M BbIPAOOTKA aHTHUTEN, MOJy4YCHHbIE PE3YJIbTAaThl JOKA3bIBAIH, YTO
M(OLHUTHI OTBETCTBEHHBI 32 00a Kilacca MMMYHHBIX 0TBeTOB. Kora mpoBOAMIMCE 3TH SKCIIEPUMEHTBI, TUM(OLMTEI OBUIM OXHUM U3 HAHMEHEE H3YYCHHBIX
THUIIOB KJIETOK [TO3BOHOYHBIX; C€HYac OHH OTHOCSATCS K HaHOOJIee H3yIEHHBIM.
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Puc. 18-2. Kitaccuyeckuii S5KCIIEpUMEHT, MOKa3bIBAIOLINIA, YTO 32 Y3HABAHHE 4y)KEPOJIHBIX AHTUTCHOB M PEAKI[HIO HA HUX OTBETCTBEHHBI TMM(pOLHTHL. BaxHas
0COOCHHOCTh BCEX TAKMX ICHEPHUMEHTOB C IIEPEHOCOM KJIETOK COCTOUT B TOM, YTO JOHOP U PELHIIUCHT MPHHAIEKAT K OAHON UHOPEeOHOU NuHUY U TIOITOMY
TeHETHYECKH HACHTHYHBL. ECIi TMM(pOIUTEL 10HOpa BBECTU F€HETHYECKU OTIIMYAIOIIEMYCS OT HEro >KHBOTHOMY, KOTOpOE OBLIO OABEPTHYTO OOIYUIEHHUIO, TO
OHM OyJyT pearnpoBaTh MPOTUB «UY>KEPOIHBIX» JUISl HUX aHTUTCHOB PEIIMITMEHTA M MOTYT BbI3BaTh €r0 THOEIb.
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18.1.2. B-mtum@ouuTsl peanu3yoT ryMopajibHble MMMYHHBIE OTBeTbI, a T-1MM(OUUTHI - HMMYHHBIE 0TBEThI KJ1€TOYHOI 0
THNA [2]

B 60-x rogax ObLIO yCTaHOBIEHO, YTO JBA OCHOBHEIX KJIacca HMMYHHBIX PEaKIHil OIIOCPEIYIOTCS ABYMs pa3IHYHBIMU Kilaccamu JmMdonuros: T-
KJIeTKH, Pa3BUBAIOLINECS B /muMyce, OTBETCTBCHHBI 3a KICTOUHBIl MIMMYHHUTET, a B-KJIeTKH, KOTOpbIC Y MJICKONHUTAIOMINX PAa3BUBAIOTCSA B KOCIMHOM MO32€
B3POCIOH 0COOM WM B IEYCHM IUIOJA, BBIPAOATHIBAIOT aHTHTENA. Takoro poja AMXOTOMHIO JTHUM(OUIHOI CHCTEMBI IEPBOHAYAIBHO YAAJIOCh BBIIBUTH Y
JKHBOTHBIX C OKCHEPUMEHTATGHO BBI3BAaHHBIMH HMMMyHoJedumuTamyu. bpulo IokazaHO, YTO yJaleHHE THMyca Yy HOBOPOXKICHHOIO JETCHBIINIA CHJIBHO
0CIIadIsAeT KICTOUHbIC HMMMYHHbIE PCAKI[MH, HO FOPa3o MEHBIIE CKa3bIBACTCS HAa BHIPAOOTKE aHTUTEI. Y HTHI[ MOKHO OBUIO HPOJEMOHCTPUPOBATH OOPATHBIN
s¢dekT, mockoabky B-muMdornmTel pa3BUBaOTCS Y HUX B @abpuyuesoii cymke (CBOHCTBEHHBIH TOJBKO NTUIAM JIMM(OWUIHBIA OpraH, CBS3aHHBIA C
KUIIEYHUKOM). Y nanenue (aOpHIMeBOil CYMKH y LBIIIAT HapylIaeT BEIPAOOTKY aHTHTEN, HO Majlo BIHSCT Ha KIETOYHBIH MMMyHHTET. M3ydeHue nerei,
POJMBILHUXCS C HAPYIICHHBIM UMMYHHTETOM, [OKA3aJ10, YTO HEKOTOPbIC H3 HUX HECIOCOOHBI K BBIPAOOTKE aHTHTEI, HO 00/NaJaloT HOPMAJIbHBIM KICTOUHBIM
HMMYHHTETOM, y IPYTHX k¢ HabIromaercst o6paTHOe COOTHOIICHHE. Y [ETeH ¢ M30MpaTeNbHbIM HAapYIICHHEM KICTOYHBIX ()OPM HMMYHHTETA [TOYTH BCETa
BBISBILIIOTCS] aHOMAJIMHU Pa3BHTHS THMYCA.

Ilpu wccnenoBaHnM >KMBOTHBIX ¢ JAeduuuroM T-kiIeTok (BCICACTBHE PAaHHETO YIAJICHHS WIH IOBPEXKACHUS THUMyca) OBUIO OOHApYKEHO
3araJJlOYHOC SIBJICHHUE: y 9THUX KHUBOTHBIX HE TOJBKO OTCYTCTBOBAIM KJICTOYHBIC HMMMYHHbBIC PEAaKIMH, HO ObLIa TAK)KE HECKOJIBKO MOHIKEHA CIMOCOOHOCTH K
BeIpaboTKe aHTHTen. Kak MBI Temeph 3HaeM, 3TO OOYCIIOBICHO TEM, YTO HEKOTOpble M3 T-KIETOK UrpaloT KIIOUEBYIO POJIb B PETYJIIHMH HMMYHHTETa U
JIEUCTBYIOT KaK MOMOIIHUKH B-KJIeToK B porecce ryMOpajibHOIO OTBETA.

JletictBuTenbHO, Oombmias dacTh T-TUMQOLMTOB HrpacT B HMMMYHHTETE DETYIMPYIOLIYIO POJb, YCHJIMBAas WM HOJABILIA PEAKIHH JIPYTHX
JEeHKONUTOB. DTH KJICTKH, Ha3bIBaeMble COOTBETCTBEHHO T-xemmepamu u T-cympeccopamu, oOBEIUHSIOT B TPYIILy PeryJsTOPHBIX KjeTok. [Ipyrue T-
TUMQOLHTHI, KOTOPbIC HA3BIBAIOT yumomokcuveckumu T-knemxamu, yOUBAIOT KJIETKH, MH(UUUpOBaHHBIC BUpycamu. [lockoibKy M LMTOTOKCHYeckue T-
muMGbonuThl, ¥ B-TMM(pOIUTE HEMOCPEACTBEHHO y4acTBYIOT B 3aIlHTC OPraHW3Ma OT MH(EKIHH, STH ABa TUMA JUM(OLUTOB OOBCANHIIOT 110/ Ha3BaHHUEM
3¢ PeKTOPHBIX KIETOK.

18.1.3. JIlum¢ouuTHI Pa3BHUBAIOTCHA B MEPBHYHBIX JUM(OUIHBIX OPraHax, a ¢ Yy:KePOAHbBIMH AHTUT€HAMH PearupyoT BO
BTOPHYHBIX JMM(OUIHBIX opranax [3]

JInMQOLMTEI Pa3BUBAIOTCS U3 NIIOPUNOMEHNMHBIX CINEOI06bIX KenOK, NAIOIMX Hadallo BCEM KJICTKaM KPOBH, BKIIIOYas SPUTPOLUTHI, JICHKOLMTHI 1
TpoMOOIHTHI (pasx. 17.5.4). OTu CTBONOBBIC KJICTKH HaXOIATCS ITIaBHBEIM 00pPa3oM B Kpo6emeophuix TKAaHSX - B IeUeHH (y IUIoja) U KOCTHOM Mosre (y
B3pOCIBIX). B-KIeTKH y MJIEKOIHTAIOMMX 00pa3yIOTCs U3 CTBOJIOBBIX KJIETOK B CAMHX KPOBETBOPHBIX TKaHSX, a y NTHL - B (paOpULUEBON CYyMKE U3 KJIETOK-
HPEAIICCTBEHHUKOB, KOTOPBIC MUIPHPYIOT CIOJa M3 KPOBETBOPHBIX TKAaHEH 4epe3 KpoBb. T-KIETKH y BCeX MO3BOHOYHBIX Pa3BUBAIOTCS B THMYCE, Kyaa
KJICTKU-IIPEIICCTBCHHUKH MHTPHDPYIOT 4epe3 KpPOoBb M3 KPOBETBOPHBIX TKaHeW. ITocKoIbKy KpOBETBOpHBIC TKaHHM, (haOpHIHeBa CyMKa W THUMYC CITyXaT
MECTaMH, TA€ M3 KICTOK-NIPEIIIECTBCHHUKOB 00pa3yroTcss JTUM(OLUTHI, MX HA3bIBAIOT MEePBHYHBIMH JUMGONTHBIMI opraHamMu (cM. puc. 18-1). Xors
MHOTHe TUMGOLMTHI THOHYT BCKOPE MOcie cBoeit auddepeHuupoBKy B IepBUYHOM JumbounaHoM oprane (pa3a. 18.6.17), yacts U3 HEX
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Puc. 18-3. Passutue T- n B-mumdonuros. M y MICKOINTAIOIMX, U Y NITUL HEOOJIBIIIOE YHCIIO KIETOK-IIPE/IIIECTBEHHUKOB MUTPUPYET C KPOBBIO B THMYC, T/ie
oHu 1uddepeHnupyoTcs B IMMPOLMTE TUMYCa. BoIbIIMHCTBO 3THX TMM(OLUTOB B TUMYCE IIOrU0AET, HO HEKOTOPBIE MUTPUPYIOT BO BTOPUYHBIE
nMGOHIHBIE OPTaHBI U CTAHOBATCS JMMdormTaMu, nporcxoasammmu u3 Tumyca (T-kinetkamn). Y ITHIN KIETKU-TIPEIIIECTBEHHUKY TIEPEX0AAT B (pabpuImeBy
CYMKY, rie U pepeHIHpyoTcs B IMM(OLUTBI CyMKH; MHOTUE U3 3THX JIMIM(OLUTOB MOTHOAIOT, 2 HEKOTOPhIE MUTPUPYIOT BO BTOPHYHbIE TUM(OUIHBIE
OpraHbl U CTAHOBATCS JIMM(OLUTAMH, IPOUCXOSIMMH M3 (habpuuneBoit cymku (B-Kkiaetkamu). Y MISKONHUTAIOMMX KIETKH-TIPEAIIECTBEHHUKH,
NpeaiHa3HauYeHHBIC JUIS TOTO, 4TO0BI cTaTh B-KkneTkamu, muddepeHnnpyroTes B TMMQOIMTEI B CaMOif KPOBETBOPHOH! TKAaHH, a 3aTE€M NEPEXOST BO BTOPHYHEIE
M(pOHTHBIC OPTaHBI U CTAHOBATCS 371ech B-Kkierkamu. Tepmunsl «T-KkieTku» 1 «B-KJIETKM» 4acTo UCIOJIB3YIOTCS TAKXKE UL 0003HAUCHHUS JINM(OIMTOB
THMYCa ¥ CyMKH (MJIM KOCTHOTO MO3Ta) COOTBETCTBEHHO. Ha KaKoif cTajjuy pa3sBUTHs KJIETKU-NPEAIIECCTBEHHUKH CTAHOBATCA JIETEPMUHUPOBAHHBIMU
(KOMMHUTHPOBaHHBIMH) K pa3BuTHIO B T- mim B-muMdomuTer, noxa He sicHo. HeckonbKo 103e B 3TOI Ti1aBe Mbl 00CY/INM, TI0YEMY B TIEPBUYHBIX
MMQpOUTHBIX OpraHax morudaer Tak MEOro uMdonntos (pasa. 18.4.5 n 18.6.17).

MHTPHPYET C TOKOM KPOBH BO BTOPHYHBbIe JHM(OWIHbIE OPraHbI - IJIAaBHBIM 00pa3oM B IHM(ATHUECKHE Y3IIBI, CEJIE3eHKY U HEKOTOPBIC YJacTKH
IUIIEBAPUTEIILHOTO TPaKTa (AIIEeHANKC, MHHAAIMHBI, aJeHOMIbl U NEeHepoBbl OJIIKK B TOHKOM KHIIeYHHKe (cM. puc. 18-1). B OCHOBHOM HMEHHO BO
BTOpUYHBIX JIuMpouanbix opranax T-kieTku u B-kiieTky pearupyror ¢ 4ykepoHbIMH aHTUreHamu (puc. 18-3).

TTockonbky Murparys TUM(ONUTOB U3 THMyca H (aOpHUIMEeBON CyMKH IPOMCXOAUT B OCHOBHOM HA PAHHUX CTAaIWSAX PAa3BUTHS, yIalleHHE dTHX
OPraHoOB Y 63pOC/020 >KMUBOTHOTO CPAaBHUTEIBHO MO BIMSET HAa MMMYHHBII OTBET; MMEHHO II03TOMY HMX POJb B HMMYHHTETE TaK JOJIIO OCTaBajach
HEH3BECTHOW. HampoTuB, KOCTHBIA MO3I y MJICKONHUTAIOMINX B TCUCHHUE BCCH JKM3HHU MPOAODKACT FEeHEPHPOBATh OOJIBIIOE YMCIO HOBBIX B-KieTok (y Mblin
oxoio 5-107 B cyTkm).

18.1.4. MapkepbI KJIeTOYHOIi OBEPXHOCTH MO3BOJISIOT PAa3IH4YaTh U pa3aeasats T- u B-kiaerku [4]

T- u B-mum¢oruTsl cTaHOBATCS MOP(HOIOrHYECKH Pa3IMIUMBIMH TOJIBKO MOCIE CTUMYJISLMY aHTUreHoM. HecTuMyaupoBaHHbIe («IIOKOSIILIUECS»)
T- 1 B-KIeTKH BBIIIAAAT OYCHb CXOIHO JaKe B DIEKTPOHHOM MHKPOCKOIIC: 3TO HEOONBIINE - JIHIIh HEMHOTUM KpyIIHEEe SPHTPOLHTA-KICTKH, B KOTOPBIX
Oonborylo 4acTh oObema 3aHMMaeT sapo (puc. 18-4, A). Te u apyrue aKkTHBHPYIOTCS AHTHICHOM, BBI3BIBAIOIINM HX Npoiudepalyio U IalbHeHIee
co3peBaHHE. AKTHBHPOBaHHbIC B-muMQOIMTBI cTaHOBATCSA B JajibHEHINEM NpoAyleHTamMu aHTHTeN. M3 3TuX KieTok Hamboliee spenvle-niazmamuueckue
KIemKuy ¢ 4pe3BBIYAIHO Pa3BUTHIM TPAHYJISIPHBIM HAOIUIA3MAaTHYECKUM PETHKYJIoM (puc. 18-4, 5). B oTinuume OT 3TOr0 akTHBUPOBAaHHbIE T-TMMQOIMTHI
CozieprKaT OYeHb Mo 3JIEMEHTOB PETHKYTyMa U He CEKpeTUpyIoT aHTutel (puc. 18-4, B).

Iockonbky u T-, 1 B-muM(ponUTEl BCTpeyaroTcsi BO BCEX BTOPHYHBIX TUM(OUTHBIX OpraHax, HyKHO ObUIO HAfiTH METO/bI, KOTOPBIE HO3BOJISUIH OBl
pasnIuuaTh ¥ pa3fenATh ITU JABa TUNA KIETOK M UX DPa3jIMYHbIC MOATHIBI, YTOOBI MOXHO OBUIO H3ydaThb MX HMHIMBHIyalbHBIE CBOMCTBA. K cuacTsio,
Pa3IHYUTEIBHBIMA MapKepaMH MOTYT CIIY)KHTh MHOTOYNCIICHHBIE TJIMKONPOTEHHB! IUIA3MaTHYECKOH MeMOpaHbI, XapaKTepHbIE U Pa3HBIX THIIOB
numdoruro. Hanpumep, auturena k exuxonpomeuny Thy-1 (pasz. 18.6.20), koTopblil y Mblnieil uMeercst Ha T-, Ho He Ha B-mumdonurax, mmpoxo
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Puc. 18-4. Dnekrponnsie MukpodorTorpaduu nokoserocs sumdornura (4), aktuBHoit B-xnetku (5) u aktuBHoit T-kinetku (B). ITokosuuiicss 1uMporuT
MoxkeT ObITh T- Min B-kieTkoid, Tak Kak 3TH J1Ba BUAA TUMQOIMTOB JI0 UX aKTHBALMH TPYAHO Pa3iIMYUTh 110 MOP(OIOrHUECKUM IIpU3HAaKaM. AKTUBHas B-
KJIeTKa (IUIa3MaTHYecKas KJIETKa) 3all0HeHa IPaHyIPHBIM SHIOIUIA3MAaTHYCCKUM PETHKYIYMOM, HOJIOCTH KOTOPOTO HAOUTHI MOJICKYJIAMU aHTUTEI, TOTAa
KaK B aKTHBHOH T-KJIE€TKE OTHOCHTENBHO MaJIo IPaHyJSIPHOTO PETHKYIyMa, HO 3aTO OYCHb MHOTO CBOOOJHBIX prbocoM. Bee TpH KIETKH IpeiCcTaBIeHb! IPU

onuHakoBoM ysenmdennu. (C mro6esHoro paspewenus: 4-Dorothy Zucker-Franklin, 5 - Carlo Grossi, B - Stefanello de Petris. 4 u 5 - uz D. Zucker-Franklin et
al., Atlas of Blood Cells: Function and Pathology, 2nd ed. Milan, Italy: Edi. Ernies, 1988.)

HCHOJIB3YIOT JUISl YaJCHUS WIIM OYUCTKU T-KJIETOK M3 CMEIIAHHON MOMYJISILUH JIMM(OLUTOB MBIIIN. AHTUTENA K 2nukonpomeunam CD4 n CDS8 (pa3z. 18.6.5)
QHAJOTMYHBIM 00Pa30M MIMPOKO UCIOJIB3YIOTCS UL TOTO, YTOOBI Pa3inyaTh U Pa3/eiIATh COOTBETCTBEHHO T-KICTKH-XCNIIEphl H HUTOTOKCHYecKHe T-KieTku
MBIIIH H YETOBEKa.

18.1.5. PaGoTa MMMYHHOI cHCTeMbI 0CHOBAaHA HA MPHHIMIIE KIOHAJIbHOIi ceexnuu [5]

Camoe NOpa3HTENbHOE CBOWCTBO MMMYHHOH CHCTEMBI - TO, YTO OHAa MOXET BBICOKOCIEHH(HYHBIM 00pa3oM pearnpoBaTh Ha MHJLTHOHBI
4y)KEpPOJHBI aHTUI'CHOB, HAIIPUMEP BbIpAaOaThIBas aHTUTENA, CHEIU(HIECCKU B3aUMO/CICTBYIOIIIE C TEM aHTHI'€HOM, KOTOPBIil BBI3Bal UX oOpasoBanue. Kak
MOXXET UMMYHHasl CHCTeMa o0eclednBaTh Takoe pasHooOpasue crenuduueckux anruten? OpHa W3 TUIOTE3, BeChMa IOMyIsipHAas BILIOTH 10 40-X ronos,
COCTOsJIa B TOM, YTO QHTUTEJIA CHHTE3UPYIOTCS B BUJIE Pa3BEPHYTHIX MOJIMIENITUIHBIX LT, a NX KOHEeYHast KOH(OpPMALHs ONPENEISIETCS aHTHI€HOM, BOKPYT
KOTOPOTO OHH CBOPAYHBAIOTCA. B TO Bpems 3TO Ka3aaoch MPOCTEHIINM OOBSCHEHHEM TOTO (hakTa, YTO KMBOTHBIC MOTYT BbIpAaOaThiBaTh crenuduyeckue
aHTUTENA K MOJIEKyJIaM, CO3/IaHHBIM YEJIOBEKOM M HE CYIIECTBYIOMMUM B TIpupoje. OJHAKO OT TaKOH uHCMPYKmMUuHOU 2unome3sl TIPUILIOCH OTKA3aThCs, KOTIa
CIICLMAJINCTHI 0 XMMHH OCJIKOB YCTaHOBHIIM, YTO TPEXMEPHAs CTPYKTYpa CBEPHYTOH OCIKOBOM MOJICKYIIBI, TAKOH KAK MOJIEKyJa aHTUTENA, ONPEAeIseTCs
TOJBKO €€ aMUHOKHCIIOTHOH IIOCieloBaTeIbHOCThI0. B camoM Jere, meHaTypupoBaHHas (pa3sBepHyTas) MOJEKYJla aHTHTEJIa MO)KET BHOBb CBEPHYTHCS C
00pa30BaHUEM HCXOIHOTO AHTUT'CHCBS3BIBAIOIIETO yYAaCTKa JaXKe B OTCYTCTBUE aHTUTCHA.

B 50-X roiax MHCTPYKTHBHAs I'MIIOTE3a YCTYIIMIIA MECTO TEOPHH KJIOHANb-
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Puc. 18-5. Teopust KIOHAIEHOM CceJIeKIMU. AHTUICH aKTHBHPYET TOJIBKO T KIOHBI T- 1 B-KJIeTOK, KOTOpBIE YK€ CIIOCOOHBI Ha HEr0 OTBEYaTh.
Ipenmnosaraercs, 4TO IMMYHHAs CHCTEMa COCTOUT M3 MUJUTHOHOB Pa3INYHbIX KIIOHOB TUM(OLHUTOB, U3 KOTOPBIX COTHH MOTYT OBITh aKTHBUPOBAHBI JAHHBIM
aHTUTeHOM. B nanbHeiiieM Mbl yBUIUM, YTO HHIUBHIYaJIbHbIC KIOHBI JUM(OILMTOB PEIKO OTBEUAIOT Ha aHTHI'CH aBTOHOMHO, KaK 3TO MOKa3aHO Ha CXeMe 1

KaK [epBOHAYAIBEHO MPEIIOIarajoch B TEOPUH KIOHAIBHOM celleKIuu. X 0TBEeThI OOBIYHO PEryIHPYIOTCS IIyTEM B3aUMOJSHCTBHMI ¢ IPYTUMHU KJIOHAMU
numdorutoB (pasa. 18.6.12). Kpome Toro, T-kieTky HE OTBEYAIOT HAa CBOOOHBIH aHTUTeH, KaK TO MOKAa3aHO Ha CXEME; OHH OTBEYAIOT TOJIBKO HAa AHTUTCH,
CBSI3aHHBII C MOBEPXHOCTHIO KICTKH-X035iMHa (pa3n. 18.6).

HOIi ceJIeKIHH, COTJIACHO KOTOPOH KaXKAbIH JTMM(OLMT B MPOLIECCE CBOETO PAa3BUTUS NPHOOPETAET CIIOCOOHOCTh PEarupoBaTh C ONPEJICICHHBIM aHTHUI'CHOM,
eme HH pa3dy C HUM HE BCTPETHBIIHCh. JTO OOYCIOBIGHO TeM, YTO HAa MOBEPXHOCTU KICTKH MOSBIAIOTCS OEIKH-PEHeNTOphl, KOTOphle crenuduuecKu
COOTBETCTBYIOT KaKOMY-TO aHTHI'€Hy. ECIIM KiIeTka BCTPETHTCS ¢ TAaKMM aHTHI'€HOM, TO €r0 CBSI3bIBAHHE C PELENTOPAMU aKTHBHPYET KIETKY - BBI3OBET €€
Pa3MHOXKEHHE M CO3DEBAaHUE €€ MOTOMKOB. Takum 00pa3oM, 4Yy>KEpOIHBI AHTUIEH CEIEKTHBHO CTHMYIUPYET T€ KIETKH, y KOTOPBIX OKaKyTCs
KOMILIEMEHTapHbIe eMy CHeMU(HICCKHEe PELEeNTOPEl X KOTOPBIe OATOMY HEH30€KHO OyIyT pearHpoBaTh HMEHHO Ha 3TOT aHTHICH - BOT I0YeMy UMMYHHBIC
OTBETHI aHTHIeH-clienuUYHEI (puc. 18-5).

Takyio celeKIHI0 Ha3plBAlOT «KIOHAIBHOI» MOTOMY, YTO HUMMYHHYIO CHCTEMY, COIJIACHO 3TOH TeOpHH, 00pa3ylOT MHIIIMOHBI Pa3IMYHBIX
KJICTOYHBIX «CEMEHCTBY», WIH KIOHOS, KaXKABIH U3 KOTOPBIX COCTOMT U3 T- mmm B-muMdonutoB, mpoucxXoasimx oT obmero mpeaxa. IlockompKy Kakaas
KJICTKa-IIPEIICCTBCHHUIIA Yy)KE JETCPMUHUPOBAaHA (WM, KaK TOBOPST, KOMMUMUPOGana) K BBIPAOOTKE OIZHOIO ONPEACNICHHOIO aHTHICH-CIeHH(UIECKOro
Genka-penenrtopa, Bce KIETKH KJIOHA HMMEIOT OJMHAKOBYIO AHTUICHHYIO crenuduuHocTb. Takum o0pa3oM, COITAaCHO TEOPHH KIOHAIBHOM CeNeKIHU,
IMMYHHYIO CHCTEMY II0 IIPUHIIMILY e¢ PabOThI MOXKHO CPaBHHUTH CKopee ¢ (haOpHKOH TOTOBOH OEKIBL, UeM C aTelbe, Ie MBIOT 0 MepKe. Bompoc o Tom, kak
OpraHu3M XHBOTHOTO MOXKET BbIpabaThIBaTh TAKOS MHOXKECTBO PA3HBIX aHTHTEN, CTAHOBUTCS [IOATOMY IPOOIEMON reHeTHKY, a He OEIKOBOM XHMHHU.

OCHOBHBIE IOJIOXKEHUSI TEOPHU KIOHAIBHON CENISKIHU NOTy4YHIu yOequTenbHble MOATBepskAeHHA. Hampumep, ecau nuMQpOLUTEI )KUBOTHOTO,
KOTOpOe He OBLI0 HMMYHH3HUPOBAHO, HHKyOHPOBaTh B IPOOHpPKE C JIIOOBIM M3 HECKOIBKUX MEUCHBIX aHTHIeHOB, HampuMmep A, B, C u D, To Tompko odeHb
maas ot (<0,01%) muMdonuToB OyaeT CBSI3bIBaTh JAHHBIN aHTHI€H. DTO 03HAYAET, YTO JIMIIb HEMHOTHE KJIETKH HECYT CHEU(HICCKUE PEIENTOPHI Ul A,
B, C wiu D. Takyro uHTEpHpeTanmio MoATBEPKAAECT APYrOi 3KCHEPUMEHT. AHTUIEH A JIeNaloT CTOJb BBICOKOPAJMOAKTUBHBIM, YTO Jr00as CBS3aBLIas €ro
KJIETKa IOIydaeT JeTaIbHyIO 03y 0OTydeHHs; OCTaBIIAsICS IOCIE STOTO IOMYISINS IUM(OLUTOB yKe He CIOCOOHA pearnpoBaTh HA aHTUTCH A, B TO BpeMsI
Kak OHa HpojoJDKaeT HopManbHO pearmpoBaTh Ha B, C u D. Tor xe 3(peKkT MOXKHO HONYYUTh, €CIH HANONHHUTH apdUHHYIO KONOHKY (pasn. 4.4.3)
CTCK/ITHHBIMHU IIAPUKAMH, MOKPHITHIMH aHTUICHOM A, a 3aTeM HPOIYCKaTh 4epe3 3Ty KOJIOHKY TUMQOLHTHL. B TakoM ombITe KIETKH C perentopamu ms A
CBSI3BIBAIOTCS C IIAPUKAMH, TOTIa KaK OCTaJIbHBIC KJICTKH IPOXOAAT Yepe3 KOIOHKY; KIETKHU, IPOIIeANe Yepe3 KOIOHKY, He B3aHMOACHCTBYIOT Ooiee
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NumdrounTer BBOAART OBNYYEHHBIM MbILAM,
He CNOCOBHBIM K UMMYHHOMY OTBEeTY

Meiwmn HE oTBEYEIOT Ha aHTUren A,
HO OTBEY3IOT HA APYTUE OHTUI EHbI

Puc. 18-6. [Ipa Tumna 3KCepUMEHTOB, MOJAKPEIUIAIOMINX TEOPHIO KIOHAIBHOM ceneKuuy. JJis MpoCTOTH! PELENTOPbI KJIETOYHON TOBEPXHOCTH MOKa3aHbl
TOJIBKO Ha JIMM(OIMTAX, CIOCOOHBIX OTBEYaTh HAa aHTUTEH A; Ha caMOM e Jieie Bce T- u B-nmuMdormTel MeroT Ha CBOEH IIOBEPXHOCTH aHTHUICH-
crienuuyeckre penentopsl. CXeMaTHYECKH IPEICTABICHHBIC 3/1eCh KCIIEPHMEHTHI IPOBOAMINCH IIABHBIM 00pa3oM ¢ B-kiieTkamu, Tak Kak T-KIeTKH
Y3HAIOT aHTHUT'€H TOJIBKO TOTJIA, KOTJIa OH CBSI3aH C IIOBEPXHOCTBIO KIETKH-X03s1Ha (pasa. 18.6).

¢ A, HO HOPMAJIbHO B3aMMOJCUCTBYIOT C APYTUMH aHTHreHamu (puc. 18-6). DTH [Ba HKCIEPHMEHTa MOKA3bIBAIOT, YTO 1) TUMEOILMTE KOMMUTUPYIOTCS K
peakuuy Ha OINpENEeICHHBIH aHTHIeH eIle O TOro, KaK OM IIOJBEPrHYTCS BO3JCHCTBHIO 3TOrO aHTHIEHA, H 2) KOMMHTHPOBAHHBIC JTHM(OLUTH 001afaroT
MOBEPXHOCTHBIMHU PELENTOPAMH, CIICHM(PUUECKN CBS3BIBAIONINMY JaHHbINH aHTHreH. TakuM 00pa3oM, MOATBEPKIAIOTCS J[BA OCHOBHBIX MPEACKA3aHUS TEOPUH
KJIOHAJBbHOH ceekuuu. XOTsl B OOJNBIIMHCTBE JKCICPUMEHTOB TAKOTO POJAA M3YYAIHCh B-KIETKH M OTBETHI, CBA3aHHBI C BBIPAOOTKOIH aHTHTEN, APYrue
9KCIICPHMEHTHI IT0KA3aJIH, YTO MPOSBICHHS

T-KJIETOYHOTO MMMYHHTETA TOXKE OCHOBAHbBI HA MPHUHIHIIE KIOHAIBHOM CENEKIUH.

18.1.6. B Go/1bIIMHCTBE CJIy4aeB OIMH AHTHI¢H CTUMYJIHPYET MHOI0 PA3JHYHbIX KJIOHOB JIUM(ouuTOB [6]

BonpmuHCTBO MakpoMONEKyl, BKIIOUasi IPAKTHIECKH BCe OCIKH U OONBIIYIO YacTh IIOIMCAXapHIOB, MOTYT CIY)KUTh aHTUreHaMH. Te ydacTku
aHTHTE€Ha, KOTOPBIC B3aHMOJCHCTBYIOT C AHTHI€H-CBS3BIBAIOIIMM YYacTKOM MOJEKYJIbl aHTHTENAa MWIIM K€ pelentopa Ha IUMQOIHTE, HA3BIBAIOTCS
AHTUTeHHBbIM JeTePMUHAHTAMH (W11 onumonamu). MoJeKysl, KOTOPbIE XOTS U IPHCOEIH-
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Puc. 18-7. IIpocroii ranten IH®, KoBaJIeHTHO CBSI3aHHBII ¢ GOKOBOM LETIBIO JIN3HHA B Oeke. I'anTeHsl MOIyT HHIYIIHPOBaTh UMMYHHBIH OTBET, TOJIBKO
OyIly4H CBSI3aHBI C TIOJOOHBIM MaKPOMOJIEKYJIIPHBIM HOCHTEIIEM.

HSFOTCSI CHEUU(PUICSCKH K TAKUM aHTUTCH-CBSI3BIBAIOIINM y4acTKaM, HO HE MOTYT MHIYLMPOBAaTh MMMYHHBII OTBET, Ha3bIBAIOT ranTeHaMM. [anTeHbl - 3TO
00BIYHO HEOOJIBIINE OPraHUYECKHE MOJICKYJIbl; OHH CaMH 110 ceOe CIMIIKOM Majbl ISl TOrO, YTOOBI BBI3BaTh OTBET, OAHAKO CTAHOBSATCS IOJHOLEHHBIMH
AQHTHTCHAaMHU, OyAy4d MPUCOCAWHEHBI K MOIXOMAIICH MakpoMoneKyle-Hocumento. 1'anTeHpl CIyKaT BaXKHBIMH HHCTPYMEHTaMH Ui 9KCIEPUMEHTAIbHOM
ummMmyHoJorun. OIUH U3 HauboJee YacTO HCMOJB3YEMBIX 2ameHo8-Ourumpogenurvuas epynna (JHD), KOTOpy0 OOBIYHO NMPHUIIMBAKOT K OENKY, 4TOOBI
crenarh ee aHTUreHHou (puc. 18-7).

BoNbIIMHCTBO aHTUICHOB MMEET LIENbIii HA0Op Pa3IUYHBIX AHTHICHHBIX JETCPMHHAHT, CTUMYJIHPYIOINX BBIPAOOTKY aHTHTEN Wi T-KiIeTO4HbIe
oTBeThl. HeKoTOpbIC IeTEepMUHAHTBI D0Jiee UMMYHO2eH bl (T. €. JIy4llle UHAYIUPYIOT UIMMYHHUTET), YeM JPYTHe, U Peakius Ha HUX MOXET JOMHHHPOBATh B
o0LIeM OTBETE; TaKHUe ACTEPMHUHAHTHI HA3bIBAIOT UMMYHOOOMUHAHNHBIMU.

Kak u cnenyer oxugate OT CUCTEMBbI, padOTAIOIIEH 10 NPUHLMITY KJIOHAJIbHOW CEJIEKILHHU, JaKEe OAMHOYHAs aHTUTCHHAs JIeTepMHUHaHTa OyIeT, Kak
[PaBUIIO, aKTHBHPOBATh MHOTO KJIOHOB, KQJKIBI W3 KOTOPBIX OyJIET MMETh MOBEPXHOCTHBIE PEIEHTOPHI, OOIATAIONINE CBOMM OCOOBIM, HHIMBUIYATBHBIM
CPOZACTBOM K JaHHOW jperepMmuHaHTe. Hampumep, naxe cpaBHUTENBHO IpocTtast cTpykrypa JH®-rpynmel obecrieynBaeT BO3MOXKHOCTh MHOTHX Pa3IMYHBIX
B3aUMOJICHCTBUIM, M KOI/la 3Ta IpyIina CBs3aHa ¢ OEJIKOM-HOCHTENEM, OHA OOBIYHO CTHMYJHMPYET BbIpaOOTKY coTeH BuaoB aHTuTen K JH®, kaxnpii us
KOTODPBIX BBIPAOATHIBACTCS OTACIBHBIM KIOHOM B-kiteTok. Takoil OTBET HA3bIBAIOT MOIUKIOHALbHbIM. KOTHa pearnpyer JHIIb HECKOIBKO KIIOHOB, OTBET
HAa3bIBAIOT O/IUCOKIOHANbHBIM, @ €CIIM BECh OTBET CBOAUTCS K PEAKLMH JIUIIb OJHOTO KiIOHA B- mimn T-KIIeToK, TO ero Ha3hIBalOT MOHOKIOHATbHbIM. OTBETHI HA
GOJBLINHCTBO AHTUTCHOB MOJIUKIIOHATBHBL.

Jlaxke aHTHIeH, aKTHBUPYIOIIMI MHOTO KJIOHOB, BO3JCHCTBYCT JHIIb HA HHYTOXHYIO MO0 BCEH HOMyssiud auMGoruToB. s TOro 4ro0sI
obecreynTh BCTPEYy AHTHICHA C STUMU HEMHOTOYHCICHHBIMU JIMM(OLUTAMH, aHTHI'€Hbl HAKAIUIMBAIOTCS BO BTOPUYHBIX JUM(OUIHBIX OpraHax, depes
KOTOpPBIC HEMPEpPBHIBHO LHUPKYIUPYIOT T- ¥ B-muMQOUNTB. AHTHICHBI, HPOHUKAIOIIHNE B OPraHW3M dYepe3 MHUIICBAPUTEIBHBIH TPAKT, 3aXBATHIBAIOTCS
CBSI3aHHBIMH C HHM JAM(OUIHBIMH TKAHSIMH; MPOHHKAIONIME dYepe3 KOy WIH [BIXaTelbHBIC MYyTH - TPAHCIOPTUPYIOTCS C TUM(ONH B MECTHBIC
nuMQATHYECKHE Y3IIbl; @ TE aHTHI€HBI, KOTOPBIE MONAJAI0T B KPOBb, OT(HHIBTPOBBIBAIOTCS B CEIIE3CHKE.

18.1.7. Boabas 4yacThb TUM(ONUTOB HAXOJUTCS B HENPEPLIBHOM HUPKyJasiuuu [7]

Bonbumucteo T- u B-mumdouutos Bce BpeMs NEPEXOAUT U3 KPOBH BO BTOPHYHBIC JIUM(OUIHBIC OpraHbl u obpartHo. Hampumep, B
UM (aTHIECKOM y3Iie TUM(OIUTE HOKHIAIOT KPOBSHOE PYCIIO, IPOTHCKHUBASCH MEXY CIEIHATH3UPOBAHHEIME HAOTCIHAIBHBIMY KIeTKaMHu. [Ipoiing depes
y3€J, OHM HaKaIUIMBAIOTCS B MaIbIX JUM(ATHUECKHX COCYAaX, KOTOPbIE BBIXOIAT M3 y3Jla M COCOUHSIOTCS C IPYIUMHU JMM(pAaTHIECKUMU COCYdaMH, a Te
MIPOXOAAT 3aTEM Yepe3 PacIoIOKEHHbIE HIKE apyrue aumbaruyeckue y3ibl (puc. 18-8). Ilepexons Bo Bce Gosee u Ooee KpyIHbIE COCYIbl, JIUM(OLUTHI B
KOHIIE KOHIIOB IONAJIAl0T B INIABHBIA JMM(ATHISCKUH COCYH (2pyOHOU npomok), 0 KOTOPOMY BO3BPAILAIOTCS B KPOBb. Takas IIOCTOSHHAsI IIUPKYIISIINS He
TOJIBKO 00ECIIeYHBAET BCTPEYY COOTBETCTBYIOIIMX JUM(OLMTOB C aHTUTCHOM, HO TAKOKE IO3BOJISCT HY>KHBIM JIMM(OLUTAM BCTPETUTHCS JPYT € APYrOM: Kak
Mbl YBUJMM, B3aUMOACHCTBUS MEXKIY CHELU(PUYCCKUMH JMMQOLUUTAMH HIPAIOT PEIIAIONIYI0 POJIb B OONBIIMHCTBE MMMYHHBIX OTBETOB. LlMpKyssuus
TUM(OLHUTOB 3aBHCHUT OT CHEH(PHICCKUX B3aUMOIEHCTBUIH
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Puc. 18-8. CunpHoO ynpoiieHHas cxema JUM(ATHIECKOro y3iia 4einoBeka. B-mumMQounTsl HaxoAaTcs riIaBHbIM 00pa3oM B KOPTEKCE, TI¢ OHU COOpaHbI B
CTpYKTypax, Ha3bIBaeMbIX JIMbaTnaeckumu Qosmmmkynamu. T-muM(OnuUTh HaXOIATCS B OCHOBHOM B ITapaKOPTHKAIBHON 00sacTh. JIMMponuTE 000UX THIIOB
TIONA/IAIOT B JIMM(ATHIECKUIT Y31 N3 KPOBH Yepe3 HeOOIIbIINe CIIeNUaIN3UPOBAHHbIC BEHBI B IIapaKOPTHKAIBHOH 001acTH (He IoKa3aHo); T-KiIeTKu
OCTaIOTCs B 3TOH 30HE y3i1a, a B-knetku nepexomir B mmbparndeckue Gposmkyisl. Co BpemeHneM i T-, n B-kieTkr MUTPUPYIOT B MEAYJUISIPHBIC CHHYCBI 1
MOKUJIAIOT y3ell Yepe3 BEIHOCSIINN TUM(ATHIeCKHi cOCYA. DTOT COCYA B KOHIIE KOHIIOB BIMBACTCS B KPOBSHOE PYCIIO, YTO MO3BOJILET TUM(OIUTAM Ha4aTh
CIISYIOLIMIT MK HUPKYJISILUK Yepe3 BTOPUYHbIN TuM{onHbli opraH. UykepoHble aHTUISHBI, ITONAaJaI0NHe B INM(PATHICCKUH y3ell, OKa3bIBAIOTCS Ha
MOBEPXHOCTHU CIELMATM3UPOBAHHBIX AHTUTCH-TIPEICTABIAIONIMX KJISTOK: KJICTKH OJHOTO THIIA IPECTABIIAIOT aHTUIeH (B BH/E KOMILIEKCA aHTHI€H-aHTUTEIIO)
B-xnerkam B mMdaTrueckux (QOIIHKYIaxX, a KIETKH JPYroro THIa - T-KiIeTkaM B apa-KopTUKaIbHOH obmactH (pasa. 18.6.10).

MEX/y MOBEPXHOCTBIO JIMM(OLUTA M MOBEPXHOCTHIO CICHUATU3UPOBAHHBIX SHIOTEIHAIBHBIX KICTOK, BBICTHJIAIOIIMX Majble BEHBI (MOCMKANUMIAPHbLE
6eHybl) BO BTOPHIHBIX TUM(OUIHBIX OpPTaHaX: U3 BCEX KICTOK KPOBH, BCTYNAIOMUX B KOHTAKT C 9TUMU 3HAOTEIUATBHBIMYI KICTKAMH, TOJIBKO JUM(OIUTEI
BPEMEHHO INpPUKPEIUIIOTCS K HUM, a 3aTeM MUTPUPYIOT 4epe3 IOCTKAWUIIPHbIE BeHYNIbl. MOHOKIOHaNbHBIE aHTHTena (pasnm. 4.5.4), cs3bIBasCh C
HOBEPXHOCTBIO JMM(DOLHUTOB U IOJABISAA UX CIIOCOOHOCTh IPUCOCANHATHCS K CHCLUATH3UPOBAHHBIM SHAOTEIHAIBHBIM KICTKaM B Cpe3ax TKAaHEH, a TakkKe
IUPKYJIUPOBATh in Vivo, HOMOTAIOT ONpPENEIHUTh PA3IUIHBIC «XOMUHZ-peyenmopsly, OT KOTOPBIX 3aBUCAT ITyTH MHTpanuy JuMdonutoB. Ha moBepxHOCTH
6onbumncTBa T- ¥ B-KJIETOK MMEIOTCS TIIMKONPOTEHHB! IBYX THIOB: OJHM UL LUPKYJSIUUH Yepe3 JuM(paTHYeCKHe y3iIbl, a APyrue Il HUPKYJSLIHUN Yepe3
neiiepoBsl Os1sAKKU. HekoTopble TMMQOIMTHI UMEIOT TOJBKO TJIMKOIPOTEUH BTOPOrO THINA U M30MPATEIbHO LMPKYJIUPYIOT Yepe3 MeidepoBsl OJISAIIKU; OHU, B
CYI[HOCTH, COCTaBILIIOT CHEIUGHIHYIO IS KAIISYHOTO TPaKTa MOACHCTEMY JTHM(OLIUTOB, CIEIUATH3UPOBAHHYIO I OTBETA HA aHTUICHBI, IPOHHUKAIOIINC B
OpraHu3M uepe3 KHUIIEYHHK. JIpyrue XOMHHI-pELENTOpbl, IO-BHIMMOMY, oOecnednBaioT cerperanuio T- u B-KiIeTok B OTHENBbHBIE YYacTKH BHYTPH
numdoungHoro oprana (cm. puc. 18-8). Koraa muMbonuTsl akTHBHPYIOTCS aHTUTCHOM, OHH TEPSIFOT XOMUHT-PELIENITOPHI, OMOCPEAYIONINE HUPKYILILUIO Yepe3
uMQONTHEIE OPTaHbl, U IPHOOPETAIOT HOBBIE PELENTOPEL, HAIIPaBIION[IE AKTUBHPOBAHHBIEC KICTKH K MECTaM BOCITAJICHYIS.

18.1.8. UMMmyHoOI0THYECKASI NAMSTH 00yCJI0BJI€HA POCTOM KJIOHOB H cO3peBaHueM JHMPOoUuTOB [8]

ViMMyHHas cucTeMa, TaK ke KaKk W HEpBHAs, oOnajaeT MamMsThio. VIMEHHO IOTOMY MBI MOXKEM MpPUOOpETaTh MOKU3HEHHBIH NMMYHHUTET KO
MHOTHM BUPYCHBIM 3200JI€BaHHAM, [IOCIE TOTO KaK OJHAXKABI HOIBEPIIIHCH BO3JCHCTBHIO BHpyca. AHAIOTHYHOE SBICHHE MOXKHO IPOJEMOHCTPHPOBATh U HA
9KCIIEPUMEHTAJIBHBIX )KUBOTHBIX. ECIIH )KUBOTHOMY OJHOKPATHO BIIPBICHYTbh @HTUI'€H A, TO IIOCIIE Jar-nepuojia NpoaoJKUTENbHOCTBIO B HECKOJIBKO JHEH y
HETo MOSIBUTCSI UMMYHHBIH 0TBeT (160 aHTHTENa, THOO0 KIETOUYHBIH OTBET), KOTOPBIH OyaeT ObICTPO (IKCIIOHEHINAIBHO) YCHIINBATHCS, a 3aTeM OoJiee IIIaBHO
CHIDKaThcsl. TakoBO XapaKTepHOE NMPOTEKaHHE MEePBUYHOr0 MMMYHHOTO OTBeTa, HAOJII0JAeMOro IIOCHIe IEPBOTO KOHTAKTa JKHBOTHOTO ¢ aHTHreHoM Ecmu
yepe3 HECKOJILKO HEZIENb, MECALIEB HIIH [jaXe JIET )KUBOTHOMY CHOBA BBECTH aHTUI'EH A, 3TO BBI30BET BTOPUYHBII UMMYHHBIH OTBET, CYLIECTBEHHO
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Puc. 18.9. [lepuuHblii 1 BTOPHYHBII I'yMOpPaJIbHBIE OTBETHI
(oOpa3oBaHye aHTUTEN), BHI3BAHHBIE COOTBETCTBEHHO MEPBBIM
¥ BTOPBIM BBeZeHHeM aHTureHa A. OOpaTure BHEMaHHE, YTO

BTOPHYHBII OTBET OBICTpEE M CUIIbHEE IIEPBUYHOTO H YTO OH

crienuduueH B OTHOUICHUH A. DTO MOKA3bIBAET, YTO
MMMYHHAs CUCTeMa CIIeNU(PUIECKH «3aIIOMHUIIA» paHee
BBE/IeHHBII aHTUreH A. Takoro poja IMMYHOJIOrHYECKas
IaMSTh BBISBIIAETCS IPH H3yYEHHHU HE TOJIbKO B-K1eTouHBbIX,
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OTJIMYAIOIIHUICS OT NMEPBUYHOTO: JIar-nepuos OyJeT Kopoye, peakiys CuIbHee U Mpojonkurenbaee (puc. 18-9). DTu pasnuuus NoKasbIBalOT, YTO KMBOTHOE
«3aIIOMHMJIO» CBOM TEPBBI KOHTAKT ¢ aHTUreHOM A. Eciu jke BMECTO HOBTOPHOI MHBEKIIMY aHTUTeHA A )KUBOTHOMY BBOJST JAPYrod aHTUTeH (Hanpumep, b),
peakuysi B 9TOM ClIydae HOCHT XapakTep IMepBHYHOIO, a HE BTOPUYHOIO HMMMYHHOI'O OTBETA; CIICIOBATEIbHO, BTOPHYHBIH OTBET OTpakaeT CreLU(UUECKYIO
HMMYHOJIOTHYECKYI0 NaMATh 00 aHTUreHe A.

Teopus KIOHAIBHOU CENEKIHU COCTABILIET KOHIEGNTYalIbHYIO OCHOBY JUIS MOHMMAHHS KJICTOYHOTO MEXaHM3Ma MMMYHOJIOTHYecKod maMsaTu. Bo
BTOPHYHBIX JIMM(OHUIHBIX OpraHax B3POCJIOrO KHBOTHOTO HOMYJAMH T- U B-IMMQOLUTOB OJHOBPEMEHHO COAEPIKAT KICTKH, HAXOISLIMECS 110 MEHbLICH
Mepe Ha TpeX CTaAusAX CO3PEBAHMS: GUP2UIbHble KIeMKU, KIemKu namsamu U axmugnvle kiemku. Korja BUPTHIbHBIE KIETKH BIIEPBBIE BCTPEUAIOTCS C
AQHTHT'€HOM, HEKOTOPbIe H3 HHX CTUMYJIUPYIOTCS K Pa3MHO)KCHHIO U CTAHOBSATCS AKTHBHBIMH KJIETKAMM, KOTOpBIC MBI ONpEAesieM KaK KIeTKH, aKTUBHO
Y4YacTBYIOIIME B CO3JAHMM HMMYHHOTO OTBeTa (aKTUBHBIE T-KJIETKHM peajM3ylOT KIETOYHbIE OTBETHl, a B-KiIeTku cekperupyior aurureina). [pyrue
BUPTHJIbHBIE KIETKM BMECTO 3TOrO CTHMYJIHUPYIOTCA K Pa3MHO)KEHHIO H CO3DEBAHHIO B KJETKH NAMSITH, KOTOpbIE CaMU HE JalOT OTBETA, HO JIETKO
MIPEBPAIAIOTCS B AKTHBHBIC KJIETKH IPU IMOCIEAYIOUIeH BCTpede ¢ TeM ke aHTureHoM (puc. 18-10). Kak monararor, BUPruiibHbIe TUMQOLMTHL KUBYT BO
BTOPHYHBIX JIMM(OHIHBIX OpTaHaX CPaBHUTEIBHO HEIONTO U, BEPOSTHO, THOHYT Yepe3 HECKOIbKO THEH, ecIM He BCTPEYarOTCs CO CBOMM CIEIH(pHIECKUM
aHTHreHoM. KieTku mamsTu, HalpoTUB, MOTYT KUTh MHOTO MECAIIEB MU Jaxke JIeT 0e3 AeNIeHHs, IOCTOSHHO IUPKYIUPYS. MEXKIY KPOBBIO M BTOPUUHBIMH
muMQonaHEIME opranaMi. Kpome TOro, KI€TKH NMaMATU IPOSIBIIOT OOJBLIYI0 TOTOBHOCTh OTBEYATh HA aHTHUICH, YeM BHUPTUIbHBIC KICTKH. Ilo3gHee MbI
yBuauM (pasz. 18.4.4), 94To MOBEIICHHAs! TOTOBHOCTh
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k.JI . = “ ] Puc. 18-10. Buprunbhsie T- wnu B-kietku, Oyayuu CTUMYIUPOBaHbI CHEHU(PUISCKIM
| F’"’ oy {3\ f' J - AQHTHI'€HOM, JIeIATCS U co3peBaioT. HekoTophle N3 HUX HAYMHAIOT 3aTeM JaBaTh
P o/ - UMMYHHBIH OTBET, APYTHE 5Ke MPEeBPaIAtOTCs B KIeTKH namsty. [Ipu nocneyomieit
3 BCTpEYE C aHTUTCHOM KJICTKH ITaMSITH OTBEYAIOT Ha HEro 60Jiee «OXOTHOY, 4eM
4 BUPTWIbHBIE KJISTKI: OHU IPOIA(EPUPYIOT U JAIOT HaYalo aKTHBHBIM KJIETKaM U HOBBIM
R Ki1eTkaM namaTi. COracHO 3TOH MOJeNH, OTAeIbHAS BUPIUIbHAS KICTKA MOXKET, B
i ) 3aBHCHMOCTH OT YCIIOBHIi, JaTh HAYaJI0 JTH00 KIIETKE MAMSITH, JIH00 aKTHBUPOBAHHOM
s kierke. CornacHo pyroi MOZeINH, 3/1ech He IPEACTaBICHHON, KIICTKU MaMsTH U
AKTIBHBIE KNETKH i aKTUBMPOBAHHbIE KJIETKH 00pa3yIoTCsl U3 Pa3HBIX BUPIHIBHBIX KieToK. KoTopas u3 aTHx

Mojiesel BepHa, HEN3BECTHO.
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B-KieTok maMsATH OTBEYaTh HA AHTHI'€H OOBSICHACTCS, B YACTHOCTHU, 00JIe¢ BBICOKHM CPOZICTBOM PELENTOPOB STHUX KICTOK K aHTHTCHY.

B coorBercTBHHM C 3TOH CXEMOH HMMYHOJOTHYECKas HaMATh CO34ACTCsl NPU IIEPBHYHOM OTBETE B pe3ysibTare TOro, 4ro 1) mpomudepars
aKTUBMPOBAHHBIX AHTHUTCHOM BHPTHJIBHBIX KJIETOK YMHOXA€T YHCJIO KJIETOK HAMATH (dKcnaucus kiona); 2) KIETKU NaMATH HMEIOT HAMHOTO OOJIBIIYIO
IPOAOKUTENBHOCTD JKU3HHU, YeM BHPTHJIbHBIC KICTKH, ¥ HOCTOSHHO HUPKYIHPYIOT MEXTY KPOBBIO M BTOPUYHBIMH TUM(OUIHBIME OpPraHaMHM; 3) Kakaas
KJIeTKa MaMsATH CHOocoOHA 0oJjiee «OXOTHO» OTBEYATh HA AHTHICH, YeM BHUPIHIbHAs KiIeTKa. VI3MEHeHWs, NMPOMCXOMLIME BO BpeMs INEPBHYHOIO OTBETA,
HPUBOJAT K TOMY, 4TO GOJIbIIasi 4acTh JOJITOKUBYIIUX KJICTOK B PELHPKYIHPYIOLIEM ITyJie JIMM(OLUTOB TEeph «IIOAOTHAHA» K aHTUTCHHOMY OKPYKEHHIO
JKHBOTHOTO ¥ TOTOBA K HEMEUICHHOMY JEHCTBHIO.

18.1.9. OTcyTcTBHE MMMYHHOTO OTBETA HA COOCTBEHHbIE AHTHUT€HBI OPraHU3Ma 00yCJI0BJIEHO NPUOOPETEHHOI
HMMYHOJIOTHY€ECKOIi TOJIePAHTHOCTHIO [9]

Kak MoXeT MMMyHHas CHCTEMa OTJIHMYaTh «4yXoe» OT «cBoero»? OnHa M3 BO3MOXKHOCTEH COCTOMT B TOM, YTO >KHBOTHOE HAacJeAyeT IeHEI,
KOJUPYIOIIHE PEEeNTOpSl AT IyXKHX, HO HE JIi COOCTBCHHBIX aHTHUI'CHOB, U IOJTOMY €r0 MMMYHHAs CHCTEMa I€HETHYECKH 3alpOrpaMMHPOBAHA TAKUM
00pa3oM, 4TOOBI OTBEYaTh TOJIBKO Ha Uy>KEPOJHBIC aHTHIeHEL. JIpyras BO3MOXXHOCTb COCTOHMT B TOM, YTO MMMYHHasl CHCTEMa IIepPBOHAYAILHO MOTJIA OBITH
criocoOHa OTBeYaTh M Ha CBOM, U HA Yy)KHE aHTHI'€HbI, HO B paHHEM IEPHOJE Pa3BUTHs MOIJIa Obl «HAYYHUTHCS» HE OTBEYATh Ha CBOM. BBUIO MOKa3aHO, YTO
BEpHA BTOpAst U3 9TUX TUIoTe3. [IepBbIM CBHOETENHCTBOM B IIOIB3Y 3TOTO SBHIOCH HaOIIOAeHHE, caeTanHoe B 1945 r. Kak npaBuio, Ipu mepecajgke TKaHH OT
OJIHOTO MHIMBUAYYyMa APYrOMy TPAaHCIUIAHTAT PAaclO3HAETCs MMMYHHOI CHCTEMOM Kak 4y»KepoIHbli M orropraercd. OKa3aloch, OJHAKO, YTO 3TOrO HE
NPOMCXOJMUT IPH IepecagKax KOXKH MEXIy AU3UTOTHBIMHU (Pa3BUBLIMMHUCS M3 JIBYX OIUIOJOTBOPEHHBIX SHIEKIETOK, T. €. HEHACHTHYHBI MH) KOPOBAMH-
OIM3HeaMH, KOTOpPBIC BO BpeMs BHYTPHYTPOOHOTO Pa3BUTHS MO OOMEHHBATHCS KIETKAMU KPOBU BCICACTBHE CIHOHTAHHOTO CPAIICHUS MX IUIACHT. DTH
Ppe3yIbTaThl O3/JHEe ObLIN BOCIIPOU3BEACHEI HAa Kypax (I[yTeM COCAMHEHHUS! KPOBEHOCHBIX COCYJIOB JBYX Pa3HBIX SMOPHOHOB) M Ha MBIIIAX (IIyTeM BBEICHHUS
HOBOPOXKIEGHHBIM MBIIIATAM KJIETOK CEJIE3CHKH OT MbILIEil JPYroi JIMHUM - 9TH KICTKU BBDKHMBAJIM B TeUCHUE OOJIbILIEI YaCTH JKU3HYU MBIIIH-PELUIHEHTa). B
000HX Cllydasx, KOrJa )KUBOTHbIE CTAHOBIJIMCH B3POCIBIMH, MOXKHO OBLIO Hepeca’)kuBaTh MM TKaHb OT BPEMEHHO IPHCOCIWHEHHOH OCOOHM MM OT OCOOH-
JIOHOpa, U TPaHCIUIAHTAT npmkuBaics (puc. 18-11), Torna kak TkaHH, epecakeHHbIE OT APYIHX, KOHTPOIBHBIX KHBOTHBIX, OTTOPrauch. TakuM obOpa3om,
MIOCTOSIHHOE MPUCYTCTBHE YY)KMX AHTUI'€HOB HAuMHAs C TOrO BPEMEHH, KOIJla MMMYHHas CHUCTEMa €lle K CO3peia, MPUBOJAMT K JIOJITOBPEMEHHOM
apeaKTUBHOCTU II0 OTHOLICHHIO K 3THUM aHTHI€HaM. Takoe COCTOSHHE HHIYIHPOBAHHOH aHTUICH-CIENU(HIECKOH HECIIOCOOHOCTH K MMMYHHOMY OTBETY
MOJTy4YUIIO Ha3BaHKE IPUOOPETEHHON HMMYHOJIOTHYECKOM TOJIEPAHTHOCTH.

Ectp yOenmurenbHble NaHHBIE B II0Jb3y TOrO, YTO HECIHOCOOHOCTh HMMMYHHOH CHCTEMBI JKHBOTHOI'O pEaripoBaTh Ha CBOM COOCTBEHHBIC
MAaKpOMOJIEKYIIB (ecmecmeeHHAs UMMYHOI02UYeCKas MoepaHmnocmy) IpuodpeTaeTe TeM e CaMbIM ITyTeM - OHa He BpokAeHHas1. Hanpumep, HopMaIbHbIE
MBIIIX HE JAI0T HIMMYHHOTO OTBETa Ha CBOH COOCTBEHHBIH OSIIOK KPOBH - KOMIIOHEHT koMiuieMeHTa C5 (pasn. 18.5.1). OqHako MyTaHTHBIE MBIIIH, Y KOTOPBIX
HeT koaupytomero C5 reHa (B OCTJIBHOM I'€HETHYECKH HICHTUYHBIC HOPMAJBHBIM MBIIIAM), MOTYT JaBaTh MMMYHHYIO PEaKIHMIO Ha 3TOT Oenok Takum
00pa3omM, ICHO, YTO MIMMYHHAsI CHCTEMa MOTEHI[HAIBFHO CIIOCOOHA



227

Puc. 18-11. IToka3aHHBIif 3/1€Ch KOXKHBIH JIOCKYT, TPAaHCIIAHTUPOBAHHBII B3POCIIOi O€II0| MBIIIHM OT B3POCIIOi KOPHYHEBON MBIIIH, BBIKHII B TCYECHHE MHOTHX
HeJleNb TOJIBKO TI0TOMY, YTO OejTylo MbIIIb CAENaad HMMYHOJIOTHIECKH TOJIEPAaHTHOI, BBEA € cpasy Mociie pOKIEHUs KIETKH KPOBH OT KOPUYHEBON MBIIIIH.
(C nro6e3noro paspemenus Leslie Brent, u3 1. Roitt, Essential Immunology, 6th ed. Oxford, U.K.: Blackwell Scientific, 1988.)

pearupoBaTh Ha aHTUICHbl COOCTBEHHOTO OPraHM3Ma, HO «oOydaeTcs» He jAenaTh 3Toro. Ilo kpaiiHell Mepe B HEKOTOPBIX CIIydasX HPOLECC «OOyuCHHMs»
BKJIIOYACT SIMMHHAINIO TUM(OIHTOB, pearupylonuyx Ha «cBoe» (pa3a. 18.6.17), Ho MBI He 3HaeM, KaK OHa Ipoucxoaut. IlomararoT, YT0 MHOTHE M3 TAKHX
TUM(OLHUTOB YIUMHUHUAPYIOTCS B IIEPBHYHBIX JIUM(GOUIHBIX OpraHax IpU BCTpede ¢ aHTHIeHOM. [10100HbIi OTpHIaTeNbHbINH OTBET HAa AHTUTCH MOT Obl OBITH
00ycIIoBIIeH CHEUU(UIECKUM OKPY)KEHHEM B 3THX OpraHax WM UCKIIOYUTEIBHONW aKTHBHOCTBIO HOBOOOpPAa30BaHHBIX JIUMQOLHUTOB. Bo3amMoxkHO, n3-3a TOTO,
9TO HOBBIC PEArHpPYIOIINE HA «CBOE» JHUM(OLMUTBHI MPOJOIDKAIOT BHIPAOATHIBATECS W3 CTBOJIOBBIX KICTOK B TEUCHHE BCCH JKU3HH, AU MOACPIKAHUS
€CTECTBEHHOM TOJIEPAHTHOCTH TPeOyeTCsl NMOCTOSHHOE HMPHCYTCTBUE «CBOMX» aHTHIeHOB. Ecnm Takoil antureH, xak C5, ynanuTh, OpraHu3M >KHBOTHOI'O
CITyCTsI HEJIe/U HJIM MECSLIbI CHOBA IPUOOPETAET CIIOCOOHOCTH OTBEYATh HA HEr0 MMMYHHO# peaKiiHeH.

TonepaHTHOCTh K COOCTBEHHBIM aHTHICHAM HMHOTAA HAPYIIACTCS, YTO HPUBOJHUT K peakimu T- wianm B-kieTok (MM Tex W APyrux) Ha TKAaHEBHIC
AHTHT€HbI COOCTBEHHOT0 opranm3Ma. IIprMepoM Takux ayTOMMMYHHBIX 3200/1eBaHHii MOXET CIIyXKUTh MuacTeHus (myasthenia gravis). ITpu atoii Gone3nu
00pa3yloTcs aHTHTENAa K ALETWIXOJMHOBBIM DELENTOpaM Ha BOJIOKHAX CKEJIEeTHbIX MbII (paszn. 6.4.18); 3TW aHTHUTENa NPEnsTCTBYIOT HOPMAIbLHOMY
(YHKIMOHHPOBAHHUIO pPeLenTopoB. Takue OONBHBIC CTPAaJAOT MBIMICYHONW CIA0OCTBIO M MOTYT YMEPETh H3-3a HEIOCTATOYHON (BYyHKIHH [BIXAaTEIbHOM
MYCKYJIaTypBlL.

18.1.10. ©IMMyHO10THY€CKYI0 TOJIEPAHTHOCTD K YYKEPOAHBIM AHTUI¢HAM MOKHO HHIYIHMPOBATHL H Y B3POCJBIX KUBOTHBIX
[10]

Y B3pOCIIOro XKUBOTHOTO CO3aTh UMMYHOIOTHUECKYIO TOJICPAHTHOCTE K Uy>KepPOIHBIM aHTHUI'€HaM, KaK IPaBUIIO, TOPa3o TPyAHEe, 4eM Ha paHHEeH
craguy pasBuTHA. HO B OTHOIICHMM HEKOTOPBHIX AHTHI'CHOB 3TO MOXKHO CHENAaTh JKCIEPHMEHTAIBHO, BBOJIS aHTHIEH 1) B OYeHb OONBIINX H03aX, 2)
MHOT'OKpPAaTHO B OY€Hb MaJIbIX [103aX, 3) BMECTE ¢ UMMYHOJEIPECCAHTOM WM 4) BHYTPHBEHHO I10CJIE€ XUMMYECKON CLIMBKU aHTHI'€HA C MOBEPXHOCTHIO B-
IUM(OLIHUTOB WIH YNbTPAleHTpU(QYrHpoBaHUs AHTUTEHA C LENbI0 yOAIUTh BCE arperarel (3TO JenaeT Hed(M(PEKTUBHBIMH HOPMATIbHBIE MEXaHH3MBI
Ipe3eHTallid aHTHTreHa, cM. pasd. 18.6.10). Takum oOpa3oM, CBS3BIBAHHE aHTUTCHA C KOMIUIEMEHTapHBEIMH eMy penenrtopamu Ha T- mwim B-mumdormrax
MOJXXET JIH0O CTUMYJHPOBATh JUM(OLMT K JEICHUIO U CO3PEBAHUIO, B PE3yJbTATEe YEro OH NPEBPAILAETCs B aKTHBHYIO KJIETKY WM KIETKY NaMsTH, JTHOO
SIMMHUHHUPOBATh WM HHAKTUBHPOBATH TUM(OIHT, YTO IPHBOIUT
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K TOJICPAHTHOCTH. MOJEKyIJISIpHbIC MEXaHU3MBI, ONpeAeIIIOIIIe HCXO ] Jea, H3ydeHbl HeJOCTATOUYHO. BBI30BET M aHTUTCH aKTHBAIWIO MU HHIYIHPYET
TOJIEPAHTHOCTb, 3aBHCHUT IJaBHBIM o0pa3oM 1) OT cremeHW 3penoctd jguMmdonura, 2) OT HPUPOIAHl M KOHLEHTPALMH AHTUTEHA M 3) OT CJIOXKHBIX
B3aMMOJEHCTBUN MexIy IMMQOLIHUTaMH pPa3sHBIX KJIACCOB U MEXIy IUMGOIUTAMHU M CHEHHAIH3UPOBAHHBIMH aHMUSEH-NPEOCMABIAIOWUMY KIeMKAMU,
KOTOpBIC OyoyT OIHCAHBI IO3KE.

3akioueHue

Hmmynnas cucmema 8oipabamuiéanacs 6 npoyecce 380m0YUl NO36OHOUHBIX O 3awyumsl om ungexyui. Ona cocmoum u3 MUuiIuOHO8 KIOHOG
umepoyumos. Jlumgpoyumer Kadicoo2o KIOHA HeCcym HA CE0el NOBEPXHOCMU Deyenmop, NO3GONAIOWUL UM CEA3bI6ANb MY UIU UHYIO «AHMUSEHHYIO
O0emepMUHAHMY »-ONPeOeNeHHYIO 2PYNNUPOSKY amoMos 6 moiekyie anmueena. Cywecmeyiom 0ea Kiacca aumpoyumos: B-xnemku, evipabamvleéarouyue
anmumena, u T-Knemku, KOmopwvle OCyWecmasIom UMMYHHbIE DeaKyuu KIemoiHo20 mund.

Vowce na pannux cmaousx ceoeco pazeumusi MHO2UE IUMPOYUMbL, peacupyiowue ¢ aHMUSEHHLIMU OemePpMUHAHMAMU MAKPOMONEKYIL
COOCMBEHHO20 OP2AHUIMA, INUMUHUPYIOMCS WU UHAKMUBUPYIOMCS, 8 De3yibmame UMMYHHAS CUCMEMA 6 HOpMe peazupyem MOIbKO HA YYIHCepOOHble
anmueenvl. Ces3b16aHUE YYICEPOOHO20 AHMUSEHA C TUMDPOYUMOM Gbl3blEAC UMMYHHbIN OMeem, HANPAGIeHHblld npomus smo2o aumueenda. Ilpu smom
HeKomopble U3 IUMPOYUMOE PAZMHONCAIOMCS U CO3PEBAIOM, NPEEPAUASCH 6 00N20NCUBYIYUE KIIeMKU NAMSAMU, MAK YN0 NPU MOPUYHOU 6CIpeye Opeanu3md
€ meMm Jice AHMUSEHOM UMMYHHbII OMEen pa36ueaemcs Ovicmpee u OKa3vlaemcs 601ee CULbHbIM.

18.2. ®ynkuuoHaabHbIE cBOMCTBA aHTUTE [11]

I103BOHOYHBIC >KHBOTHBIE OBICTPO MOrMOAIOT OT MH(EKIMH, €CIM OHM HECHOCOOHBI BhIpabaThIBATH aHTUTENAa. AHTHTENA 3alIUINAIOT HAC OT
nH(EeKUHd, MHAKTUBUPYS BUPYCHI WM OaKTEpUaIbHbIC TOKCUHBI U MOOMIIM3YS CUCTEMY KOMILIEMEHTA W Pa3lIMYHbIC THUIIbI JICHKOLIMTOB, KOTOpbIE yOUBAIOT
BHC/IPHBILNCCS MUKPOOPraHM3MBI U 0Oojee KPYNHbIX mapasutoB. CHHTE3MpYEMble HCKIOYHMTENBHO B-mmMdonurtamn, aHTHTEna BbIpaOaTHIBAIOTCS B
MUITHOHAX Pa3HOBUIHOCTEH, KaXKias CO CBOCH aMHHOKHCIOTHOW ITOCIIEIOBATEIBHOCTHIO U CBOMM YYacTKOM IJIS CBS3BIBaHWS aHTHIeHA. B coBoKymHOCTH
Ha3bIBaGMble MMMYHOIJI00Y JMHAMH (COKpAIEHHO Ig), OHH COCTaBISIOT OAUH M3 TJIABHBIX OEIKOBBIX KOMIIOHEHTOB KPOBH - 1O Becy mpumepHo 20%
cyMMapHOro Oenka muiasMbl. B 9TOM paszene Mbl PaCCMOTPHM IISITh KJIACCOB AHTHTEIN, MMEIOIMMXCS Y BBICIIMX I[O3BOHOYHBIX, KXABIH M3 KOTOPBIX
OCYILECTBIISCT IIOCIIE CBSI3bIBAHMUS AaHTUTCHA XapaKTEPHBIN OHOIOrHYECKUi OTBET.

18.2.1. AnTUreH-cIenpUYecKUe PelenTopbl Ha B-kieTkax - 3T0 MoJieKy.1bl anTuTe [12]

Kak u npezackasbiBacT TeOpHs KIOHAIBHOW CENEKIHH, BCE MOJEKYJIbI aHTHTEI, IIPOU3BOJNMBIC KaKOH-TO OAHOW B-KieTKOH, MMEIOT OAMHAKOBBIH
AHTHT€H-CBS3BIBAIOIMN y4acToK. IlepBble aHTUTeNla, CHHTE3HPOBAHHBIC BHOBH OOpa30BaBIICHCS KJICTKOH, HE CEKPETUPYIOTCS; BMECTO JTOTO OHU
BCTPaWBAIOTCS B IUIA3MAaTHYECKyI0 MeMOpaHy, Iie CIyXaT pelentopamu st anturesa. Kaxnas B-kierka mMeer Ha cBoeil Iuta3MaTH4ecKoil MeMmOpaHe
npuGmmsutensHo 10° Takux MOTEKyII.

Korna aHTHreH IpHCOSINHSACTCS K MOJEKYJIaM aHTHTE Ha IIOBEPXHOCTH BUPTHILHON B-KileTky mimm B-kiIeTku mamsTa, 570 0OBIYHO HHUIUUPYET
CJIOKHYIO 1IeIIb COOBITHH, IPUBOASILYIO K KJIETOYHOI IIpostdepariy U co-
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Puc. 18-13. [TockonpKy aHTHTENIAa UIMEIOT J1BA
HIEHTUYHBIX AaHTHI'€H-CBA3BIBAIOIMX Y4acTKa, OHU
MOTYT CIIMBATh aHTUTEHBI. TUIBI 00pa3yOIUXCS
KOMITJICKCOB aHTUT'€H-aHTUTEJIO 3aBUCAT OT YHCIIA
AQHTUTCHHBIX JIETEPMUHAHT Y aHTUI'€HA. 31eCh
MMOKA3aHO CBSI3bIBAHHE AHTUTEJA OJHOTO BUIA
(MOHOKIIOHAJILHOTO aHTHTENA) C aHTUTCHAMH,
HUMEIOIIUMH OJIHY, JIBE WIIU TPU OJIMHAKOBbIE
AQHTUTCHHBIC IETCPMHUHAHTHI. AHTUTCHBI C IBYMSI
JIETEPMUHAHTAMHU MOTYT 00pa30BbIBaTh C
aHTHTEJIaMH HEOOJIBIINE [IMKINYECKUE KOMILICKCHI
WIN TMHEHHBIC LIETH, & aHTUT€HBI C TPEMS WIN
OOJIBIINM YHCIIOM JIETEPMHHAHT MOTYT
(hopMHpPOBATEH OOIIMPHBIE TPEXMEPHBIE CETH, JIETKO
BBITNIAJAIOIINE B OCAIOK.
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3PEBAHUIO KJICTOK MAMSTH WM aKTHBHBIX (CEKPETUPYIOLIMX aHTUTENA) KJIETOK. AKTUBHBIC KIETKH
BbIpa0aThIBAIOT OOJIBIIME KOJIMYECTBA PACTBOPUMBIX (HE CBA3aHHBIX ¢ MEMOpPAHOI) aHTHUTEN C TEM
)K€ QaHTUTCH-CBS3BIBAIOIIMM YYaCTKOM, YTO M Y QHTHUTE] Ha KICTOYHON MOBEPXHOCTH, U BBIICISIIOT
9TH aHTHUTENa B KPOBb. AKTHBHBIC B-KJIETKM MOIyT HayaTh CEKPETHPOBAThH aHTHUTENA, OyIoydH emie
MalbIMH JUMQOLHUTAMU, HO KOHEYHAas CTaius 3TOro mytn JupdepeHIupoBKH - Oosbliast
I1a3MaTuyeckas kierka (cM. puc. 18-4, B), koTopast BBIIEISAET aHTHTENIA CO CKOPOCTHIO 0KoJio 2000
MoJIeKyl B cekyHny. [lo-BumumoMmy, Iula3MaTH4YeCKHE KJICTKH MCIOJIB3YIOT UIsl NPOU3BOACTBA
AHTUTEJ CTOJIb 3HAYUTCIBHYIO YaCTh MOILIHOCTH CBOETO OE/IOK-CHHTE3UPYIOLIETO alapaTa, yTo He
CIIOCOOHBI K JAJIbHEHIIEMY POCTY H JCICHHIO U Yepe3 HECKOIBKO JHEH MOrHOatoT.

18.2.2. M0:kHO CTUMYJIMPOBATH BHIPAOOTKY aHTUTE] B-kieTkamu B
KYJbTYpaJbHOii yamke [13]

B 60-x rogax ObUIM JOCTUTHYTHI YCIIEXH, OTKPBIBIIME HOBBIC ITyTH M3y4YeHHs B-kieTok.
TlepBbIM 13 HUX ObLIa pa3paboTKa METO/1a JIOKAJIBLHOI0 FeMoJIn3a,

KOTOPBIi MO3BOJIMII UICHTU(DUIINPOBATH U NIOACIYUTHIBATG HHAUBHYAIbHBIC aKTUBHBIE B-
KJICTKH, BBIPaOATHIBAIOIINE aHTHTENIA K OIPEACICHHOMY aHTHI'eHy. B mpocreiiiieM BapuaHnTe 3TOro
MeToza 0epyT TUMGOLUTHI (OOBIYHO U3 CENE3EHKH) Y KUBOTHOTO, UMMYHHU3HPOBAHHOTO OapaHbUMHU
sputporuramu (BD). VIx momemaror 3ateM B arap BMecte ¢ n30bITkoM BD. B pesynbrare Ha vamike
HOJIy4aeTcsl «ra30H» M3 UMMOOMIM30BaHHBIX BD ¢ Bkparmienuem jaumdorutos. B aTux ycnoBusx
KIeTKH HE MOTYT IIePeIBHIaThCs, HO JI0ObIC BBIACHsAeMble B-KkieTkoil anTuTena OymyT
mhGyHIIpoBaTh M HOKPHIBATH IOBEPXHOCTH BceX bD, Haxomammxcs mnobmmsoctu. Takue
HOKPBITHIC AHTHTEIAMH SPUTPOLIUTHI MOXKHO JIM3UPOBATh, J00ABUB KOMILIEMEHT (pa3a. 18.5). Takum
00pa3oM, IPUCYTCTBHE Ka)KAOU BBIACILIONICH aHTUTENa KICTKH OOHAPY)KUBACTCS TI0 IPO3PATHOMY
IATHY («OJsIIKe») B TEMHOM ciioe BD. AHanornyHbelii METOJ MOXKHO HCIONB30BATh IS IIOJCYETa
KJICTOK, BBIPA0aTHIBAIOIINX aHTHTENA K APYIHM aHTUICHAM, TAKAM Kak OCJIKH WM MOJIMCaxapuibl,
€ClU MIPUCOSIHHUTD 3TH aHTHT€HBI K TOBEPXHOCTU OapaHbHX SPHTPOLUTOB.

BTOpBIM Ba)KHBIM yCHEXOM OBUIO YCTAQHOBJIEHUE TOTO (haKTa, YTO MOXKHO 3aCTaBHUTH B-
KJICTKU BBIPAa0aThIBaTh AaHTHUTENA, MPUBOJSI HX B KOHTAKT C AHTUICHOM B KYJIBTYpe, IZle MOXKHO
KOHTPOJIIPOBATH B3aHMOACHCTBHS KIETOK H yCIOBHA Cpefbl. B pesymnpraTe ynanoch BBIICHHTH, 9TO
UL CTUMYJIIUN CEKPelH aHTHUTeN B-mmMmormTamMu mox AelcTBHEM OOJBIIMHCTBA AHTUTCHOB
HeoOxoxuMbl eme T-TuMQOLMTB U CHEeLUANN3UPOBAHHbBIC AHMUCeH-NPeOCMagIAIouwUe KiemKu,
MPOUCXOIAIIME TIPH 3TOM MEXKJIETOUHBIC B3aUMO/IeHCTBHS Oy 1yT onucaHbl nosxe (pasn. 18.6.12).

18.2.3. AHTHTE/Ia HMEIOT JIBA HAEHTHYHBIX AHTHI'€H-CBSI3bIBAIOIIUX
yyactka [11]

IIpocreiimue MoyieKyabl aHTUTEN HMEIOT (opMy OykBbl Y C JABYMs HJACHTHYHBIMH AHTHIE€H-
CBSI3BIBAKOIMMH y4YacTKaMHU - 110 OJHOMY Ha KOHLC KaKIOH M3 JBYX «BeTBei» (puc. 18-12).
TockonbKy TaKMX y4acTKOB 1Ba, 9TH aHTHTENA HA3bIBAIOT OusaieHmHuimu. Takue aHTHTENa MOTYT
CIIMBATh MOJIEKYJIbl QHTHI'€HA B OOLIMPHYIO CETh, €CIIU Ka)Kasi MOJIEKyJla aHTUI€HA UMEET TPU HIIN
OoJibllice YMCIO AHTUTEHHBIX AeTepMUHAHT (puc. 18-13). JloCTHrHYB ONpPEAENEHHBIX Pa3MEpOB,
Takas CeTh BBINAMAaeT W3 pacTBOpa. TeHaeHuMs GONBIIMX MMMYHHBIX KOMIUIEKCOB K OCQKICHHUIO
(mpeumnuranny) ynoOHa s BBUIBICHHS AHTHTEN M aHTUTCHOB. OD((PEKTHBHOCTb pPEeaKHil
CBA3BIBAHUS U CILIMBAHUS aHTHI'€HA 3HAYMTENIBHO BO3pacTaeT Onarojgapsi ruoKoMy wap-
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Puc. 18-14. IllapHupHbIi y4acTOK MOJEKYJIbl aHTUTENIA
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HUPHOMY YYaCmKy aHTUTENA: OH MO3BOJISIET U3MEHSATh PACCTOSHUE MEXK/Y IBYMS aHTUT€H-CBSI3bIBAIOIIMMHU Y4acTKamu (puc. 18-14).

3amurtHOe JeificTBHE aHTUTEN OOBICHSACTCS HE IIPOCTO MX CHOCOOHOCTBIO CBA3BIBATH aHTUIeH. OHU BBINOIHSIOT U LENbIA PAx APYTUX (QYHKIHMIL, B
KOTOPBIX Y4aCTBYET «XBOCT» Y-00pa3HOii MOseKyJIbl. DTa 001aCTh MOJIEKYJIbI ONPEJIENIAET, YTO IIPOU30MIET C AaHTUTCHOM, KOT/la OH OyJeT cBsi3aH. biuaronaps
0COOCHHOCTSIM OMOCHHTE3a MMMYHOITIOOY/IMHOB aHTHTENA C OAMHAKOBBIMH aHTHICH-CBSA3BIBAIOIIMMH y4aCTKaMH MOTYT UMETh BECbMa Pa3HbIC «XBOCTOBBIC)
obnactu (pa3n. 18.4.7), xaxas U3 KOTOPBIX NPHIACT aHTUTENIAM 0coOble (DYHKIHMOHAIBHBIC CBOMCTBA, HAIPUMEP CIOCOOHOCTh AaKTHBHPOBATH KOMIUIEMEHT
(pa3n. 18.5.1) niu npucoeqUHATHCS K (aroLUTHPYIOIUM KiieTkaM (pas3z. 18.2.5).

18.2.4. MosiekyJia aHTUTeIa COCTOUT U3 ABYX HIEHTHYHBIX JIETKHX Lieneil U IBYX HAeHTUYHBIX TSKeJbIX neneii [14]

OCHOBHYIO CTPYKTYPHYIO CIHHHIly B MOJICKYJE aHTHTEIa 00pa3yIOT YETHIPE MOIHICITHAHBIC LIEMNH - JBE NACHTHYHbIC Jerkue (L-uenu, kaxaas
npuMepHO 13 220 aMHHOKHCIOT) M ABE MIACHTHYHbIC Tskedble (H-memu, kaxnmas npumepHo n3 440 amuHOKHCIOT). Bee 4eThipe Henn COeanHeHBI MEXIy
c000ii HEKOBAJICHTHBIMU M KOBAJICHTHBIMU (AUCYIb(OUAHBIMU) CBA3sIMH. MOJIEKyJIa COCTOUT M3 ABYX OJMHAKOBBIX IOJOBHHOK, HMCIOIIMX HACHTHYHbBIC
AQHTUTCH-CBSI3bIBAIOIINE YYACTKH; CBSI3BIBAIOIIAS aHTUTEH TOBEPXHOCTH OOBIYHO 00pa3yeTcs NpH y4acTuu onHoit L- u ognoit H-enm (puc. 18-15).

IporeonuTiyeckue (pEepMEHTHI NANanH ¥ IENCHH PACIICIUIIIOT MOJICKYJIBI aHTHTEN Ha PA3iIMYHbIC XapakTepHbIe (parMeHTsl. [lanaun naet npa
oTAenbHBIX HAeHTHYHBIX Fab-¢pparmenrta (Fab - cokpamenue cmoB fragment antigen binding), kaxaplii U3 KOTOPBIX 00NazaeT OJHHM AaHTUICH-
CBSI3BIBAIOLIMM Y4acTKoM, U oauH Fc-¢parment (Fc o3Hauwaer «kpucramimsyrommuiics gparmenty, ot crystallizable). ITencun naer oxun kpynssiid F(ab'),-
(parMeHT, cocTOsMUI U3 ABYX KOBAIEHTHO CBA3aHHBIX F(ab')-pparMeHToB (KaXkAblil M3 KOTOPBIX HEMHOTro Ooiblre, yeM Fab-dparmeHr), 1 MHOTO MeNIKHX

¢dparmentoB (puc. 18-16). Ilockombky F(ab'),-hparmeHTsl GHBaNCHTHBI, OHH B OTJIHYHE OT MOHOBAJICHTHBIX Fab-(pparMeHTOB COXpaHSAIOT CIIOCOOHOCTDH
CLIMBATh AHTUTCHBI ¥ 00Pa30BBIBATh HpenunutaTel. Hu oquH U3 9THX

AHTHreH-CaAILIBANWWA yYacTor AHTUIEH-CBA3LIBAIOWARA YY3CTOK

NHQ/ /
Trmenan uens (H) 3

\
y

NH4

WapHupHele y4YacTHK

HOOC COOH

[ Yroeeon E—- —i Yrnesog

Puc. 18-15. TunuyHas MoJleKyna aHTHTENA COCTOMT M3 JBYX
uaeHTnYHbIX Tsokenbix (H) u qByx mneHtuyHsix jgerkux (L) uenei.
OOparuTe BHHMMaHWE, 4YTO AaHTHI'CH-CBS3BIBAIOLIME YYaCTKH
(dopmupyroTcs 3a cueT koMiuiekca N-KoHIeBbIX obnacrei L-u H-
Lenei, a «XBOCTOBYIO» U LIAPHUPHYIO 00JIaCTH 00pa3yloT TOJIBKO
H-nemn. Kaxknpas H-menbs comepXuT oOgHy HIM HECKOJIBKO - o
OJIMTOCaxapuIHbIX (YTJIEBOIHBIX) LEMOYeK, (DYHKIUS KOTOPBIX HE HOOC COOH
M3BECTHA.
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PACWENNEHWE NANAWHOM PACWENNEHWE NENCHHOM

%

AHTHreH-CBAILIBAMLLIME YHACT K AHTHIEH- CBAILIBAKLLME YYACTKM
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: ° o
+ ﬂ m
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ek e
: S
| ] 1 J
lea Fab-chparmenta O:ulﬂ Fe-hparment Oamu Flab’ls-dparmeny Cy6dparmenTten Fe

Puc. 18-16. ®parmeHTsI, 00pa3yroOIKEcs MPY PAaCUICINICHUH MOJIEKYJI aHTUTEN IPOTCOTHUTUYECKUMH (DEPMEHTaMH HallakHOM M TIEIICHHOM.

(parMeHTOB HE 00NAmaeT APYTMMH OHOJOTHMYECKUMU CBOWCTBAMHM HATHBHBIX MOJICKYN QHTUTEN, TaK Kak He CoaepxuT «xBoctoBoi» (Fc) oGmacty,
OTBETCTBEHHOI1 3a 3TH CBOMCTBA.

18.2.5. CymecTByOT nTh KjaaccoB H-meneii, ka:kaplii co CBOMMH 0c00BIME 0MOJIOTHYECKHMH cBoiicTBamu [11, 15]

Y BBICHIMX [TO3BOHOYHBIX CYIIECTBYIOT ISTh kiaccog antuteln - IgA, IgD, IgE, 1gG n IgM, kaxaslit co cBouM kinaccom H-nemeit o, 9, €, y 1 W,
cOOTBeTCTBEHHO. Mouekyibl IgA comepxart o -uenu, Monekynsl 1gG- y-uenu u 1.4. (tabn. 18-1). Kpome Toro, umeercs psa MoaKJIacCcoB UMMYHOTJIOOYJIMHOB
IgG u IgA; Hampumep, y denoBeka cymecTByer derelpe moaxnacca IgG (IgGl, IgG2, 1gG3 n IgG4), comepkammx TsDKENble LEIMH Yy, Y2, Y3 U Ya
COOTBETCTBCHHO. PasHple H-menu npuparOT IIApHUPHBIM Y4YacTKaM M «XBOCTOBBIM» 00JACTAM aHTHTEN PA3IMYHYI0 KOH(POPMALMIO M ONPEACISIOT
XapaKTepHbIe CBOICTBA Ka)KIOro Kiacca U mojkiacca (cm. tabu. 18-1).

IgM-3T0 Bcerga mepBble aHTUTENA, IPOAYLHpPYeMble Pa3BHBAIOIIMMICS B-KieTkamu, X0oTs MHOTHE B-KIeTKH cO BpeMeHEeM IepeKIIoYaloTcsl Ha
BBIPA0OTKY aHTHTEN JApyrux kiaccoB (pasa. 18.4.7). HemocpencTBeHHBIH NpeAIISCTBEHHUK B-kieTku, Tak HaspiBaeMas mpe-B-kieTka, BHauane
BBIPA0ATBIBACT TOJIBKO | -LICNHU U HAaKarukBaeT ux. [lo3Hee B KIeTKE HAYMHAIOT CUHTE3UPOBATBCS U JIETKHE LCIIN; OHU COCMHAIOTCS C [L ~LIEMsAMH, 00pasys ¢
HHMH YeTHIPEXIeNOUeYHbIe MOJICKYIIBI IgM (kaxcast ¢ IByMS [L -LIETISIMU M ABYMSI JIETKUMH LETISIMU ), KOTOPbIE BCTPaUBAIOTCS B IUIA3MaTHYECKYI0 MEMOpaHy.
Taxum 00pa3oM, KiIeTKa NPUOOPETAET MOBEPXHOCTHBIC PELEHTOPHI, C MOMOIIBIO KOTOPBIX OHA MOXET CBSA3aTh aHTHI'€H, M C 3TON0 MOMEHTA €€ Ha3bIBAIOT
supeunbHviM B-numpoyumom. MHOTHE U3 BUPTHIBHBIX B-KIIETOK BCKOpE HAaUYHHAIOT BHIPAOATHIBATH TAKXKE U MOBEPXHOCTHBIC MOJIEKYIbI IgD, MMeromue ToT
JKe aHTUTCH-CBSI3BIBAIONIN Y4aCTOK, YTO U MOJIEKYJIBI IgM.

IgM - He TONBKO TEPBBIi KIACC AaHTUTEI, MOSBIISIOIIMXCS HAa IOBEPXHOCTH Pa3BUBAIOIIMXCS B-KIETOK; 3TO Takke OCHOBHOW Kilacc aHTHTEN,
BBIJICIISAB-
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Ta6auuna 18-1. CoiicTBa OCHOBHBIX KJIACCOB aHTHUTEN, 00pa3yIOIIMXCs Y YEIOBEKa

Knacc anturen
CroiicTBa

IgM IgD IgG IgA IgE
Tunbl TXKETBIX Lenen n 3 Y o €
Twumbl IerKux uenen W W W W "

I A I A AT A WM A unu A

Yucio 4eThIpexuenoue HbIX 5 1 1 1 wm 2 1
€/IMHUIL
Jonst or obmiero konuuectBa Ig B 10 <1 75 15 <1
KpoBH, %
Croco6HOCTh aKTHBHPOBATH ++++ — ++ — —
KOMIITIEMEHT
IIpoxoxaeHue yepes MIaleHTy — — + — _
Cea3pBaHME C  MakpodaraMd U — — + — —
HeUTpodmIaMu
CBsa3bIBaHUE C TYYHBIMH KJIETKaMU H — — — — +
6azoduaamu

MBIX B KPOBb Ha PaHHUX CTaJHsIX nepeuynoco NIMMYHHOTO OTBeTa. B cexperapyemoii ¢popme IgM cOCTOUT M3 MATH YETHIPEXLETIOYEYHBIX SIUHHUII, TaK YTO B
o0eii cnoxkHocty IgM umeer 10 aHTUreH-CBA3BIBAIOLIMX Y4acTKOB Kaxkblii meHTaMep COACPKUT NOJMIENTUAHYIO LETb el OJHOIO TUIIA, Ha3bIBAEMYIO J-
yenvio (joining chain). J-1ienb CHHTE3UPYETCS KIETKAMH. BBIICISIOMMMY IgM, 1 KOBaJICHTHO BCTPAMBAETCS MEXIY BYMs CMEXHBIMU Fc-o0nactsamu, rae oHa
3aMBIKaeT KOJBLEBYIO CTPYKTYPY OJIMIOMepa H NPEIsITCTBYeT JalbHeHel momumepusanuu (puc. 18-17).

Ipucoenunenue anturesna k Fab-obmactsiM cekperupyemoil meHTamepHOW Mouekyibl IgM uuayumpyer cBs3piBanue Fc-obmacteil ¢ mepBbIM
KOMIIOHEHTOM ClCHIeMbl KOMNIeMenma U ero aKTHBAnuio. Eciau mpu 9ToM aHTUIeH pacIoioiKeH Ha HOBEPXHOCTH BHEAPSIONIIETOCS MUKPOOPTaHHW3Ma, TO B
pe3yJbTaTe aKTHBALUK CUCTEMa KOMIUIEMEHTa OCYIIECTBISIET OHOXUMUIECKYIO

TAmenan
Uens u
\ Nerwxan
" uens
- /
‘ /
J-uens
—_

AncynbthuaHaR CRATL

Puc. 18-17. IlenramepHas Monekyna IgM. ITaTe cyObeanuuL coeMHeHbl AUCYIbGUIHBIME CBs3aMU. EnxuHcTBeHHas J-niens (Mo, Macca ~ 15 000),
CBA3aHHASA AUCYJb(QUIHBIMIA MOCTUKAMH C JABYMS TKEIBIMU [-LIETIAMH, 3aMBIKA€ET KOJIbIIEBYIO CTPYKTYPY H IIPEIOTBPAILACT JalbHEHIITYIO MOITMMEPH3ALHIO.
J-1iens roMoNIOrHYHa OAMHOYHOMY JToMeHny Ig (pa3a. 18.3.3).
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Baxtepun, Puc. 18-18. Bakrepus, nokpeitas antutenamu IgG, s¢ddexruBHO
"”‘:’:ﬂ'::_" ¢paromutupyercs  MakpodaroM ~— MiM  HeHTpodmwioM ¢
TR
146 Fc-oGnacTs MOBEPXHOCTHBIMU ~ PELIENTOPaMH, CIIOCOOHBIMH  CBs3bIBaTh Fc-
i

aHtaTena 196

obnacte Monekyssl IgG. CBs3bIBaHME IOKPBITOH aHTUTENAMU
Gakrepun ¢ dtuMuM  Fc-perentopamm  aKTHBHpPYET — HPOLECC
(arouurosa (pasn. 6.5.14).

/
i

f
Maxpodar
W HeRT PO

DATOUNTOS

aTaKy, NPUBOJSAIIYIO K rubenu Mukpoopranusma (pasn. 18.5). Monekyinst IgD B otnuuue ot IgM peako cekpeTHpYrOTCsl aKTUBHBIMU B-KieTKkaMu, U y HUX He
U3BECTHO HUKAKHX (YHKLHI, KPOME POJIU PELENTOPOB JUIs AHTHI €HA.

OCHOBHOM KJIacC MMMYHOTJIOOYJIMHOB, HaXOISIIMXCA B KPOBH, cOCTaBIAOT IgG, mMpousBOAMMBIE B OOJIBIIMX KOJIMYECTBAX IMPU BTOPUYHOM
UMMyHHOM oTBeTe. [ToMnMo akTHBaIMuU cHCTeMbl KomiuleMeHTa Fc-o6macts Monekyn IgG cBsA3bIBaeTCs O CHEMMGHISCKUMU PELENTOPaMH Makpo(haroB 1
HelirpoduiioB. B 6oubioii Mepe 6iarogaps Takum Fe-penentopaM 9TH GparoluTHpyOIIIe KIETKH MOTYT CBS3bIBAaTh, IIOMVIOIIATH U pa3pyLIaTh BHEIPHBIINECS
MHUKpPOOPraHu3Mbl, NOKpbIThIe IgG-aHTUTENaMH, KOTOpbIe ObUIM BbIpaOOTaHbl B OTBET Ha MH(pekuuto (puc. 18-18). Pa3znuuHble THIBI JICHKOLUTOB, HECYIINE
Fc-penentopsl, MoryT yOuBaTh Takke M HOKpHIThIC IgG dyxKepoAHble JYKapHOTHYECKHE KICTKH, HEe (aromuTupys HX. OTOT IPOLECC, Ha3bIBaCMBIi
aHMUMEN03a8UCUMOU KIEMOYHOU YUMOMOKCUYHOCIbIO, MOTYT OCYILECTBISITH Makpodard, HEUTPOGWIBl U 303MHO(UIBI (CM. HIKE), a TAKKE KICTKH-
xkuuiepbl  (K-kaemku). Kumnepsl - 310 auMQOLUHUTONONO0HBIE KICTKH, CICHUATH3HPOBAHHBIC, MO-BUANMOMY, I YOHBAaHHS AHOMAIBHBIX KIETOK
coOcTBeHHOr0 opranusma (pasn. 18.6.4).

Monexynsl 1gG-eqMHCTBEHHBIE aHTHTENA, KOTOPBIE MOTYT IIEPEXOJHTh OT MaTepd K IUIOAY 4depe3 IUIAeHTy. KUleTkH IutaneHTH,
CONpPHKACAIOIIUECS ¢ MATEPHHCKON KPOBBIO, UMEIOT Fe-penienTopsl, cBs3biBaiomue MoneKysl 1gG, uTo obecriednBaeT UX Mepexo] B KPOBEHOCHYIO CHCTEMY
mwIoAa. AHTHTeNA CHaJalla MOIIOMAIOTCS IyTeM SHAOLHUTO3a IIPH yYaCTHH PELENITOPOB, a 3aTeM TPAaHCIIOPTHPYIOTCS B ITy3bIPhKAX depe3 KICTKY H BHIBOISATCS
IyTeM O5K30IL[TO3a B KPOBb IUIOAA (IPOIECC, Ha3bIBAGMBI mpaHcyumo3om, cM. pasm. 6.5.11). AHTHTena Apyrux KJIacCOB He CBS3BIBAIOTCS C ITHMH
pELEenTOpaMu U II0ITOMY HE MOT'YT HPOXOAUTH Yepe3 IIIALEHTY.

IgA-ocHOBHOI Kilacc aHTUTEN B CEKpeTax (MOJOKE, CIIOHE, ClIe3aX, CeKpeTax ABIXaTeNbHBIX IyTeld M KUIIEeYHOro TpakTa). OH HpeacTaBleH
TJIABHBIM 00pa3oM YeTBIPEXIEMOYeUHBIMH MOHOMepamH (HmoxoOHo IgG) mmm ke auMepaMu, coAepKallMMH OAHY J-Ilemb M OJHYy Ielb, Ha3bBaEMYIO
cexpemopnvim komnonenmom (puc. 18-19). B cocraBe cekperoB IgA npencrasiser coboir aumep. OH TPAaHCHOPTHPYETCS W3 BHEKJICTOYHOM JKUIIKOCTH B
CEKPETHPYEeMyIO KHUAKOCTh TAKUM K€ CIOCO00M, Kak MoJeKyibl 1gG-nu3 MaTepuHCKOI KpOBH B KPOBb ILIOAA, T. €. IIyTeM TPAHCIHTO3a. B maHHOM ciiydae B
TPAHCIIOPTE y4acTBYIOT Fc-pemenTtops! 0co00ro THIa, KOTOPbIE MMEIOTCS Ha 0a3aabHOIl MOBEPXHOCTH SHHTEIUATBHBIX KIETOK, BBICTIIAIONHMX KUIIEYHHK,
OpOHXM MJIM IPOTOKH MOJIOYHBIX, CIIFOHHBIX HJIH CJIE3HBIX XkKele3. 31ech Fe-penenTopsl CBA3bIBAIOT JUMEPHI IgA U3 BHEKIETOYHOU skuIKOCTH (puc. 18-20).

Fc-obmnacte monekyn IgE cBsi3biBaetest ¢ Fe-penentopaMu enie 0JHOTo THIA, 00NaJIaIONMMU HEOOBIYHO BBICOKUM cponcTBoM K Hel (K, ~ 10"
J/MOJIB). DTH PELENTOPEI UMEIOTCS. Ha IOBEPXHOCTH MYYHbIX KIeHOK B TKa-

Trkenwie
uenu o

CexpeTopHiii
/ KOMNOHEHT

] Puc. 18-19. CtpoeHre TMMEpHOH MOJIEKYJIBI aHTHTEN IgA, coaepkalmxcs B CeKpeTax (CHIbHO
\ yIpOIIeHHAst cxeMma). B momomHeHwme k aByM MoOHOMepaM IgA, KOTOpble CBS3aHBI OJHHM
) JUCYTb(GUIHBIM MOCTHKOM MEXK/IY TSKEIBIMU 0 -LEMSIMH, KOMIUIEKC COACPIKMUT Takke J-Lemnb
il J00aBOYHYIO TIOJIMIENTUAHYIO Lienb ¢ Mo Maccoid 70000 nanbTOH, Ha3BIBAEMYIO CEKPETOPHBIM
; KoMroHeHTOM. Kak monaraioT, sTa Lemb 3aliuiiaeT MOJeKyldbl I[gA oT mepeBapHUBaHUS
AHTHIEH- CBAILIBAIDLLVE
yaacTkm MPOTEOIUTUYECKUMH (PEPMEHTAMH CEKPETOB.
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Puc. 18-20. Mexanu3M nepeHoca JUMEpHOIT MoJIeKyJIbl IgA depe3 snuTenansaylo KIeTKy. IgA cBs3biBacTcs Ha 6a3alIbHOI MOBEPXHOCTHU SIUTEIHAIBHON
KJICTKH CO CIELHANH3UPOBAHHBIM TpaHCMeMOpaHHbIM OenkoM - Fe-perieniropom. KoMIuiekes penenTtop-1gA moraomarorest MyTeM HA0LUTO3a IPU y4acTHH
9TOTO PEIENTOpa, IEPEHOCITCS B My3bIPhKaX Uepe3 NUTOILIa3My SIHTEINAaTbHOH KICTKH U CEKPEeTUPYIOTCS B MIPOTOK XKeJIe3bI Ha IIPOTHBOIONOKHOI CTOPOHE

KIIETKH ITyTeM 9K301UTO03a. 31ech JacTh Fe-perentopa, cBsI3aHHast ¢ JuMepoM IgA (cexpeTopHbIH KOMIIOHEHT), OTIIEILISeTCs. OT TPaHCMEMOPaHHOrO
«XBOCTa», BEICBOOOXKAsI TAKUM 00Pa30M aHTUTEIIO B BUJIE KOMILICKCA B IIPOTOK.
Bo BHEKIIETOUHYIO KUIKOCTH CEKPETOPHBIX OPraHOB IONAJaloT AUMEPHI IgA U3 IBYX HCTOYHHKOB: OIHH BHIPAOATHIBAIOTCS B OTUX XK€ OpraHax

IUIa3MaTHYECKHMH KJICTKaMH, CeKpeTHPYIOUMH IgA, a npyrue o0pa3yroTcst B cele3eHKe U TMM(aTHIeCKHX y37IaX, OTKy/a HIepeXOIiT B KPOBSIHOE PYyCIIO H

3aTeM IPOCAYMBAIOTCS U3 KAIIMILISIPOB B PA3HBIX TKAHSAX.

HX H 6a3o¢unos B kposH (paszn. 17.5.1), a cBsi3anHble HMH MoJeKyib! IgE B cBoIO odepens ciryxaT pelenTopamMu Iuis aHTHreHa. [IpucoenHenne aHTUreHa
NPHBOJMT K BBIJCICHUIO KICTKAMU OMOJOTMYECKH aKTHBHBIX aMHHOB (B OCOOCHHOCTH I'MCTaMHHA, a Y HEKOTOPBIX BHJIOB - cepoToHHHA) (puc. 18-21). Otu
AQMHHBI BBI3BIBAIOT PACIINPEHHE KPOBEHOCHBIX COCYIOB M YBEIHYMBAIOT MPOHHI[ACMOCTh HX CTCHOK; OHH B OOJBIIOH Mepe OTBETCTBCHHBI 33 KIMHHYECKHE
IPOSIBIICHHS TAKUX a/llepeuieckux Peakiyil, Kak CeHHas JIMXOpajKa, acTMa M KpanuBHHIA. Kak mosararoT, Ipy OOBIYHBIX 0OCTOSTEIBCTBAX ITH U3MEHCHUS
KPOBEHOCHBIX COCYIOB JeNaloT 00JIacTh BOCHAJCHUS Oojee JOCTYHNHOW IJId JICHKOLUTOB, AaHTHTEN M KOMIIOHEHTOB KOMIUIEMeHTa. TydHBIE KIIETKH
CEKPETUPYIOT TaKke (HaKTOPBI, MPHUBICKAIOIINE M AKTUBUPYIOIIME OCOOBIH Kiacc JEHKOLUTOB - 203uHoguast (pasa. 17.5.1), kotopsle MOryT yOuBaTh
Pa3INYHOrO Pojia Mapa3HTOB, OCOOCHHO €CIU Te MOKPHITH IgG-anTHTEAMU.

-

18.2.6. AHTHTEJIa MOTYT UMETh WIH ] -, HLJIN A,-LlelId, HO He Te U Ipyrue

B nononxeHue k mATH knaccam H-neneif y BBICIINX MO3BOHOYHBIX B aHTUTENAaX UMEIOTCA J1Ba THHA L-nemneii - ] U A, KOXKIBIH U3 KOTOPBIX MOXKET
couerartses ¢ 000i H-mempro. OTaenbHas MoJIeKyla aHTUTela BCETAa COCTOUT M3 JIBYX MACHTHUHBIX L-reneil U AByX MAeHTHUYHBIX H-memeif; mostomy ee
JIBa aQHTUICH-CBS3BIBAIONINX YYacTKa BCEIZla COBEPLICHHO OJAMHAKOBBL Takash CHMMETpHs HMEeT pellaolliee 3HAueHHe Ul CIIMBAIOLICH (QYHKIHU
cekperupyeMbix anturen. [loatomy monekyna Ig moxer umeTh

CexperopHiie
Ny 3sipPbKK,
" COMEpMABULHE

\rvu:laMm-t /) (_

TyuHan
et Ka

= IgE CBA3LIBAETCH MYNbTUBANMEHTHLIA FMMCTAMWMH BbICBO -
IgE- cneuntuieckui C PELUWENTOPOM AHTWUCEH CWWBAET - EOXMIOAETCA NYTEM A
peuentop gana Fc OANA Fe COCEAHWME MONEKYNbI JKIOUMTO3A

IgE

Puc. 18-21. Tyunsle ki1eTku (1 6a30(uIIBI) TaCCHBHO MPUOOPETAIOT IOBEPXHOCTHBIEC PELICNITOPHI, CBsA3bIBalOINME aHTHIeH. AHTUTeNa IgE, BhInenseMble
aKTUBHBIMU B-muMdonyramy, MonaaaoT B TKAHH U CBA3BIBAIOTCS Fe-penentopaMu Ha MOBEPXHOCTH TYYHBIX KJIETOK, clieu(pHIecKH y3Harommmu Fc-o6maacts
9TUX aHtutel. [103TOMy OTAeNbHbIE TYYHbIC KICTKHU (M 6a30(uibl) B OTIIMYHE OT B-K/IeTOK MMEIOT Ha CBOEH MOBEPXHOCTH aHTHUTEINA C LENIBIM PAIOM
Pa3IMYHBIX AaHTHT€H-CBA3BIBAIOIIMX y4acTKOB. Korna MoneKylia aHTHI€Ha IPUCOSIMHACTCS K 9THM MeMOpaHOCBsI3aHHBIM aHTHTenaM IgE u Tem cambiM
CIIMBAeT CoceRHHEe MOJIeKyibl IgE, OHa aKTHBUPYET TYy4YHYIO KJICTKY U Ta BHICBOOOXKJACT TUCTAMMH IIyTEM 3K30LHTO3a.
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M o . o
L-uenut ~ ® A, HO HE TY M IPYTyIO OAHOBpeMeHHO. Kakux-116o pasinuuii B 610I0rnyeckoii GpyHKIMH 3TUX JBYX THIIOB L-1ieneil oka He YCTaHOBJICHO.

18.2.7. Cuna B3auMo/ieiicTBHSI AHTHTEHA C AHTUTEJIOM 3aBHCUT KAK OT CPOJCTBA, TAK U OT YHCJIA CBA3bIBAIOIINX YYACTKOB
[16]

CBs3pIBAaHME AHTUI'CHA C AHTHUTENIOM, TaK € Kak M cyOcrpaTta ¢ depmentom, obparumo. OHO omnpenensercs CyMMOH MHOTMX OTHOCHUTEIBHO
c1abbIX HEKOBAJIICHTHBIX B3aMMOACHCTBHIL, BKIIOYas rHAPOGOOHBIC U BOJOPOIHBIC CBSI3H, BAHACPBAAIBCOBBI CHJIBI U HOHHBIC B3aMMOACHCTBHS. DTH ciabbie
B3aHMOJICUCTBHS () (EKTUBHEI TOJIBKO B TOM CIIydae, €CIM MOJIEKYJIbl aHTUTCHA U aHTUTEJa HACTOIBKO KOMIUIEMEHTAPHBI IPYT APYTY, YTO HEKOTOPHIE aTOMBI
AQHTUTCHA BXOJAT B COOTBETCTBYIOLIMC YINIyOJCHHs HA MOBEPXHOCTH aHTHUTENAa. KOMILUIGMEHTapHbIC aHTHICHY OONACTH YETHIPEXLECHOYCUHOH MOJICKYJIbI
aHTHUTENA - 3TO €€ J[Ba UACHTUYHBIX aHTUI€H-CBS3BIBAIOLIMX YYACTKa; COOTBETCTBYIOIIAsl 00IAaCTh aHTUTEHA - €r0 aHmuceHHas demepmunanma (puc. 18-22).
BONBIIMHCTBO aHTUTEHHBIX MAaKpPOMOJIEKY] HUMEIOT MHOTO Pa3iIMYHBIX IETEPMHHAHT; €CIIH ABE U3 HUX WM Oobllee YHCIO (KaK B HEKOTOPHIX MOJIHMEpax)
OJIMHAKOBBI, AHTUT'€H Ha3bIBAIOT Myabmusarenmusim (puc. 18-23).

OOpaTUMyI0 PEaKIMI0 MEXKAY aHTHUICHOM C OJHOW aHTUTCHHOW JETEePMUHAHTOH (AT) M OJHUM aHTUTCH-CBS3BIBAIOLIMM YYaCTKOM (AT) MOXHO
IPEJCTABUTH CIEAYIOMUM 00pa3oM:

AFJrAT<j ArAT.

Touka paBHOBECHSI 3aBUCUT KaK OT KOHLICHTpAIMid AT U AT, TaK U OT CHJIbI UX B3aUMOJCUCTBUs. OUEBHIHO, YTO C YBEINYCHUEM KOHLICHTPAIIMU AT
Bce Ooubluas ot AT OyzneT accouuupoBana ¢ Ar. CHily B3aHMOACHCTBHUSI OOBIYHO BEIPXAIOT KOHCTaHTO¥ cpoacTia (K,) (cMm. puc. 3-7):

K, = [ArAT]/[Ar][AT]
(BBIpa)KCHUS B KBAJIPATHBIX CKOOKAaX 03HAYAIOT KOHICHTPALIUIO KaXIOT0 U3 KOMIIOHEHTOB B COCTOSIHUU PAaBHOBECHS).

KoHcTaHTy cpoJcTBa, KOTOPYIO MHOIZA HA3bIBAIOT KOHCTAHTOH aCCOLMALMH, MOXKHO OIPEACNNTb, U3MEPUB KOHIEHTPALUIO CBOOOTHOrO AT,
HEOOXOAUMYIO ISl 3aII0JHEHMS TI0JIOBUHBI aHTUT €H-CBSA3BIBAIOLINX y4acTKOB aHTHTeNa. Korya nojnoBuHa y4acTkoB 3anojineHa, [ArAr] = [At] u K, = 1/[Ar].
Takum 06pa3oM, KOHCTaHTa CPOJACTBA AHTHTEIA K QHTUICHY PaBHA BEJIMYKHE,

CBA3bIBAHWE NPW BbICOKOM CPOACTBE CBA3ZbLIBAHWE NPW HW3KOM CPOICTEE

AHTWUIEH AHTWIEH

AHTHr eHHan
ABTEPMHHEHTAE

CBAlL
YHACTOK
aHTHUTENA

Nerxkan uens TRMENAA UEMb

Puc. 18-22. CwiibHO YHOpoILICHHas cXeMa CBA3bIBaHU AHTUTCHHOMN ACTEPMUHAHTBI MAKPOMOJIEKYJIbl C aHTUI'CH-CBA3bIBAOIIMMU yHaCTKaMH ABYX pa3jIM4HbIX
AHTHUTEII - C BBICOKMM U C HU3KAM CPOJCTBOM K JaHHOMY aHTUICHY. AHTHUTCHHAS JCTCPMUHAHTA YACPKUBACTCA B CBA3BIBAIOIICM YYaCTKE PA3IMIHBIMU
c1a0bIMH HEKOBAJICHTHBIMU B3aUMOJICHCTBUSMU. O6paTI/ITe BHUMaHHE Ha TO, 4YTO B 06p8.30BaHI/Ie 9TOr'0 y4acTKa 0OBIYHO BHOCAT BKJIaJ] KaK JICTKasd, TaK U
TsDKEIast NI MOJICKYJIbI aHTHUTE1A.
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MHosecTREHHEIE PAINNYHEIE
ABTEOMMHAEH Tl
A
-
MHOMECTREHHLIE WABHTHNHLIE ABTEDMMHAHT bI
(MY NBTWRANEH THEIA BHTHr BH)

Puc. 18-23. MosekyJibl ¢ MHOXKECTBEHHBIMU aHTUT€HHBIMH JIeTepMUHAHTAMU. A. [ 1100y IspHbIi 0€10K, UMEIOIMH P PA3IMYHBIX AHTUICHHbIX JIETEPMHHAHT.
OOpaTtuTe BHUMaHKE, YTO pa3Hble 00JaCTH MOJUIENTHAHON LIENH MOTYT B CBEPHYTOU CTPYKTYpe CONMKATBCS APYT € IPyroM, 00pasys eANHYIO
JICTepPMUHAHTY Ha IOBepXHOCTH Oenka. b. [lonmuMepHas CTpyKTypa ¢ MOBTOPSIOIMMHCS UICHTUIHBIMI aHTUT€HHBIMU A€TEPMUHAHTAMH; TAKYI0 MOJICKYILY
HAa3bIBAIOT MYJIbTUBAIICHTHBIM aHTHI €HOM.

06paTHOI KOHIEHTPALMH AHTHTEHA, JAIOWICH MOTOBMHY MAaKCHMAJBHOTO CBS3bIBAHMs. OOGBIYHBIC 3HAYCHHSA BAPUPYIOT B LIMPOKMX Mpenenax - or 5-10% xo
10" 1/moms. KoHcTaHTa cpoacTBa, IpH KOTOPOi MOJIEKYly HMMYyHOIJIOGY/THHA TIEPECTAIOT PAacCMATPHBATh KaK AHTHTENIO K JAaHHOMY aHTHTEHY, HECKOJIBKO
IPOHM3BOJIbHA, ONHAKO auTHTeno ¢ K, Hmke 10* Bpsix mm Gymer Guomormueckn >(EKTHBHBIM; KPOME TOr0, MATOBEPOSTHO, 4TO B-KieTku ¢ perenTopamu,
HMEIOIIUMU CTOJIb CIa00e CPOACTBO K aHTUIEeHY, OyyT MM aKTUBHPOBATHCS.

CpoAcTBO aHTHUTENIA OTPAKACT CHITY B3aMMOACHCTBUS aHTHI'CHHOM JIETEPMUHAHTBI C OTJCIBHBIM aHTUTCH-CBSI3BIBAIONINM yYaCTKOM, KAaKUM OBl HU
ObIIO YMCIIO TAKHX yJacTKOB. B oTimmume oT 5Toro o0mas aBUAHOCTh aHTHTENA IO OTHOLICHHIO K MYyJIbTHBAJICHTHOMY aHTHICHY (TaKOMY, Kak IOJHMEp C
MOBTOPSIONIUMHUCS CyObeIHMHHIAMH) XapaKTepH3yeT CyMMAapHYIO CHJIy B3aHMOJCHCTBHS BCEX CBS3BIBAIOIINX yJYaCTKOB aHTHTENA, BMeCTe B3ATHIX. Kornma
MYJIbTUBAJICHTHBII aHTUI'CH B3aUMOJEHCTBYeT OoJiee YeM C OJHHMM aHTHI'CH-CBS3BIBAIOIIMM YYaCTKOM aHTHTENa, CHJIA CBSI3BIBAHUS PE3KO BO3pACTaeT: IJIs
TOrO0 4TOOBI AaHTHI'CH M AHTUTENIO MOTIH JHCCOLMHPOBAaTh, BCE UX CBSI3M APYT C IPYroM JOJDKHBEI OBITH pa3opBaHBI OfHOBpeMeHHO. [losToMmy TummuHas
Moutekyna 1gG npu BOBJICUEHHH B PEaKIUIO 00OHX aHTHI€H-CBS3BIBAIOIINX YYaCTKOB OyJeT CBSA3BIBATHECS C MYyJIbTHBAICHTHBIM QaHTHI€HOM IO MCHBIIIEI Mepe
B 1000 pa3 cuibHee, 4eM B cilydae, Korjia BOBJIEYEH JIMIIb OJMH Y4acTOK.

Tlo Toit e npuyKHe, ecau CPOACTBO OTACIBHBIX aHTUTEH-CBs3bIBaOMIMX y4acTkoB IgG u IgM oaunakoBo, monekyna IgM (umeromas 10 Takux
YYacTKOB) IIPOSIBUT HECPABHEHHO OOJIBIIYIO aBUIHOCTD K MyJIbTHBAJICHTHOMY aHTHIeHY, ueM Mouiekyna IgG (umeromas 2 ydactka). Pasmmdne B aBUIHOCTH,
gacto 10000-kpaTHOe wiM OoJbllle, BECbMa BA)KHO, TAK KAK aHTHTENa, oOpa3yrolmMecs Ha PaHHMX CTAAUAX MMMYHHOIO OTBETa, OOBIYHO 0O0Jajaro:
3HAYUTEIBHO MEHBIIHM CPOJCTBOM K aHTUTCHY, YeM Te, KOTOpbIe BhIpadaThiBaloTcs mo3xe. (IloBbImeHne cpeaHero cpoicTBa IPOLYHHUPYEMbIX aHTHTET C
TeJeHHEM BPEMCHH I0CIe MMMYHH3AIMH Ha3bIBACTCS co3pesanuem cpodcmea - cm. pasn. 18.4.4.) braromapst cBoeil BEICOKOIT 00mIeil aBUAHOCTH aHTHTENA
IgM (ocHoBHO# Kiacc Ig, BEIpabaThIBaeMbIX B Hayajle HMMYHHOTO OTBETa) MOTYT 3()(eKTHBHO (HYHKLIHOHHUPOBATH AAKE IPH HU3KOM CPOJCTBE OTIEIBHBIX
CBSI3BIBAIOIINX YYAaCTKOB.

3akiouenne

Monexyna anmumena npeocmagnsem coboi 6eiok, umerowjuti gopmy 6ykevl Y ¢ 08yMs UOEHMUUHBIMU AHMUSEH-CEAZLIEAIOWUMU YUACMKAMU HA
KoHyax bokoewix eemsell (Fab-obracmeit) u ¢ yuacmkamu 015 C6:A3b16aHUs. ¢ KOMIOHEHMAMU KOMNIEMEHMA U/UNU PASTUYHBIMU PeYenmopamu KiemouHou
nosepxnocmu Ha «cmebenvkey (Ha Fc-o6aacmu). Anmumena sawuiyaiom no360HOYHbIX OM UHGEKYUL, UHAKMUBUPYS BUPYCL UL OAKMEPUATbHbLE MOKCUHBL U
MOOUNU3YA KOMNIEMEHN U PA3TUYHblE KAemKU, KOmopble yousaion u I0210uarm 6HeOpUSLUIUeCcs MUKPOOP2AHUSMbL.

Kaoicowii knon  B-xnemok  evipabameisaem Monekynivl anmumen ¢ YHUKATbHLIM AHMUSEH-CEAZbIBAIOWUM YYACMKOM. Bhauane monexynv
8CMPAUBAIOMCA 8 NAASMAMUYECKYIO MEMOPAHY KIemKu, 20e OHU CAyxicam peyenmopamu Om anmueena. Koeoa k makum peyenmopam npucoeounsemcs
anmueen, B-knemxu axmueupyiomcs (00b14HO ¢ nomowpio T-Kiemok), HauuHam pasmMHOACAMbCA U CO3PEEAron 1Ub0 6 KiemKu namamu, 1ubo 6 akmueHole
KIIeMKU, 8bL0EIAI0UUEe AHMUMENA C MAKUM HCe AHMULEH-CEALIEAIOWUM YUACIKOM, KAK U Y AHMUmMesl 6CNPOEHHbIX 8 MEMOPAHY.

Kaoicoas monexyna anmumena cocmasiena uz 08yx uoeHmuynoix msasxcenvix (H) yeneii u 08yx uoenmuunwix neekux (L) yeneii. Kax npasuno, uacm
rkax H~, max u L-yeneil obpazyiom anmueen-ceszvisaroupue yuacmku. Cyujecm-
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gytom nams kiaccos anmumen (IgA, IgD, IgE, IgG u IgM), umerowue coomeemcmeenno pasiuunvie H-yenu (a, 8, €, y u ). H-yenu obpaszyrom maxice Fc-
obracmv anmumena, om KOmMopou 3a8ucum, Kakue opyeue Genku OyOym cea3bleamvcs ¢ aHMUMenom, 4mo 6 ceoio ovepeds onpedeisem OUOnOUUECKUE

H
ceolicmea dannozo knacca anmumen. C nobvim kiaccom H-yeneii moeym couemamocs L-yenu mobozco muna (°° wma A). Tun L-yenu, no-euoumomy, e
6nUsIeN HA CEOUCMEA AHMUMENL.

18.3. Tonkasi CTPyKTypa aHTHTEJI

TTockonbKy aHTHTENa CyIIECTBYIOT B CTOJIb OIPOMHOM YHCIIE BAPUAHTOB, B HEMMMYHH3HPOBAHHOM OpPTaHU3ME ITI000W M3 BHJOB aHTHTEN OyneT
COCTaBJIATh MEHEC MUIUIMOHHOM JOJM BCEX MOJEKYN lg, MMEroMmHXcs B KPOBH. DTOT (JaKT IMOCTAaBUI MMMYHOXHMMKOB IEPE YPE3BBIYANHO CIOXKHOM
po6iiemMoit GeIKOBOH XUMHH: KaKHM 00pa3oM MOXKHO MOJIYYHTh JOCTATOYHOE KOIMYECTBO KAKOTO-THOO aHTHTENA ISl ONPEACICHUS €0 aMHHOKHCIOTHON
MIOCIIEZI0BATEILHOCTU U TPEXMEPHOU CTPYKTYpBI?

IIpobaema Obuta pemieHa Onarogapsi CHEUU(PHUYIECKOMY CBOMCTBY OIYXOJEBBIX KJICTOK, OOpA3yIOLIMXCsl HPH MHOXKECTBEHHOH MHEIOME -
3JI0KQUeCTBEHHOM 3a00JICBaHNH, IPH KOTOPOM B KOCTHOM MO3T¢ («MHEIOTCHHOM» TKaHH) PA3BUBAOTCS MHOXKECTBCHHBIC OIyXOJIH. DTH KJICTKH CEKPETHUPYIOT
B KpOBb OOJIbIIME KOJNMYECTBA AHTHUTEN OJHOIO BHJA. Takue aHTHTETa TOMOTEHHBI, MM MOHOKIOHAIBHBI, ITOCKOJIBKY PaKk OOBIYHO HAYMHACTCS C
HEKOHTPOJIMPYEMOr0 POCTa OJHOW-EANHCTBEHHOM KIETKU (cM. pasnd. 21.1.2); B 1aHHOM ciydae 9TO IUIa3MaTHyYecKas KJIETKa, BhIpabaThIBaIOIIas aHTHUTENA.
AHTHTENO0, HAKAIIMBAOIIEECS B KPOBH, HA3BIBAIOT MUCIOMHBIM OCITKOM.

Eme ¢ mpomnuioro croieTHss U3BECTHO, YTO MOYa OOJBHBIX, CTPANAIOIIUX 3THM 3a00JIeBaHHEM, YacTO COJCPXKHT HEOOBIYHBIE ONIKH, Ha3BaHHBIC
benxamu Benc-/[yconca Mo MMEHH aHIVIMHCKOrO Bpaya, KOTOPBIH MX BHepBble omucan. OnHako Toiabko B 1950-X romax BBIICHHIOCH, YTO 9TH OCNIKH
HPEACTAaBISIIOT 000l cBOOOAHBIE L-menn uMMMyHOrnoOymuHa. IlepBoHauanpHO AeTanbHAs CTPYKTypa aHTHTENa ObUIa ONpEACNCHA IMyTeM H3y4CHHS
MHEJIOMHBIX OIIKOB M3 MOYH WIH KPOBU OOJIBHBIX WIIH K€ OCIKOB OT MBIIICH, Y KOTOPHIX OBUIM IIEICHANPABICHHO WHIYIUPOBAHBI aHAJIOTHYHBIE (HOPMBI
paka. BriociencTBuy HOSIBUIIACH BO3MOXKHOCTD JIelIaTh B-KJIETKH, CEKPETUPYIOLIHME aHTHTENa, OECCMEPTHBIMU IIYTEM MX CIHMSHHUS C KIETKaMH MHEIOMBI, He
cekperupyromuMe anturena. Obpasyommecs: 2ubpudomsl CTany yAOOHBIM HCTOYHHKOM MOHOKJIOHAIBHBIX AHTHTEIN, KOTOPHIC MOXKHO IOJY4HTh HPOTHB
JF0OOTO JKETAeMOro aHTUTCHA B HEOTPAaHUUECHHOM KonudecTse (pasz. 4.5.4).

18.3.1. L- u H-ienu cocTosiT H3 KOHCTAHTHOI M Bapuadebiioii o6acreii [11, 14]

IIpu cpaBHEHMM aMHHOKHCIIOTHBIX IOCIJIEOBATEIbHOCTEH MHOMKECTBA MHEJIOMHBIX OCJIKOB BBISBUJIACH IOpPA3UTENbHAS OCOOCHHOCTh, UMEIOIAs
B@KHBIM M HEOKHUJAHHBIA T€HETUYECKUI MOATEKCT. N-KOHIIEBas 4acTh MOCIIEI0BATEIbHOCTH Kak L-, Tak u H-menei n3menuunsa, a C-KOHIIEBAs-IIOCTOSIHHA.

5

Hampumep, eciii CpaBHUTH MOCIIEAOBATEILHOCTH OOJBLIOTO YHCIA Pa3IMYHBIX MHEIOMHBIX K -teneil (Kaxaas IIMHOW OKoyio 220 aMHHOKHCIIOT), TO
okaxercs, 4To C-KOHIEBbIE TOJIOBUHBI Y HUX OJMHAKOBBI WM PA3IMYAIOTCS JIMIIL HE3HAYUTEIbHO, TOr/la Kak N-KOHIEBbIEC IIOJIOBUHBI BCe pa3Hble. Takum
obpa3zoM, L-menmu comepaT KOHCTAHTHYIO o00jacTh npuMepHo u3 110 aMHMHOKMCIOT ¥ BapuadelibHYW 00J1acTh Takoil e JUIMHBL. N-KOHIeBas
BapuabenbHas obnacte H-1ieneii Toxxe cOCTOUT npuOIM3UTENbHO U3 110 aMUHOKHCIIOT, KOHCTAHTHAs JKE, B 3aBUCMMOCTH OT KJlacca aHTutel, - u3 330 wiu 440
aMHMHOKHUCIOT (puc. 18-24).

MwmenHo N-koHueBbie yacTu L- n H-1eneii coBMecTHO 00pa3yroT aHTHI€H-
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BapwabensHan KoncTaM THan
obBnacTe obnacTe
HaN— I I-cooH
TAMENAR LIEME
HN—{a ) }-COOH

nuabennHan KoxcTanTHad obnacTe

obna

Puc. 18-24. Kak serkue, Tak 1 TsDKeJbIe LIS MOJICKYJI COCTOST M3 KOHCTAHTHOH M BapHabebHOi obnactell. Y Beex JIEKUX LeTel JaHHOTo THma (& WM A)
Bcst C-KOHIIEBas [TOJIOBMHA UMEET OJIMHAKOBYIO IIOCIIEJOBATEIbHOCTh AMUHOKHCIIOT (MHOTAA C HEOOJIBIIUMU Pa3IMYMsIMH), TOT1a KaK N-KOHIIEBbIE TOJOBHHBI
pasnuuHbl. N-KOHIEBbIC BapHaOelIbHbIC 00JIACTH TSDKEIBIX M JIETKUX IeTel CXOAHBI 10 JuTiHE (0K0JI0 110 aMMHOKUCIOTHBIX OCTaTKOB), TOTa KaK
KOHCTaHTHas 00JIacTh y TSDKEIBIX LeNel B TPU-YeThIpe pa3a (B 3aBUCHMOCTH OT KJlacca aHTHTEN) IJIMHHEe, YeM Y JIETKHX LIenei.

CBSI3BIBAFOIIIHIA Y4aCTOK, U U3MEHYMUBOCTh MX aMHUHOKHUCIIOTHBIX TOCJIEIOBATEIILHOCTEH CITYKUT CprKTypHOﬁ OCHOBOU pa3H006p33H$[ TaKuX Yy4acCTKOB, B
CBsA3U C CYLIECTBOBAaHUEM BapMaGCHLHOﬁ M KOHCTaHTHOM 00JlacTell BO3HMKAIOT BAXKHBIE BOIIPOCHI OTHOCUTEJIIbHO I'€HETHYCCKUX MEXaHU3MOB 06paSOBaHI/Iﬂ
AHTUTECII; UX MBI OGCyHI/IM no3xe. Ho erie 10 TOro kak craiao BO3MOKHBIM TIPAMOEC U3YyYCHUE STUX BOIIPOCOB, B PE3YJILTATC UCCICAOBAHNUSA MUECTIOMHBIX 0esIKoB
BBIAICHUJIUCH APYT'UE€ BAXKHBIC YE€PTHI CTPYKTYPBI aHTUTEIT.

18.3.2. Kaxnas L- u H-uens conep:KuT mo Tpu runeppapuadeabHbie 00J1aCTH, KOTOPbIe COBMECTHO (JOPMHUPYIOT AHTHI€H-
cBSI3bIBAIOLIUI YuacTok [17]

Tonbko 4acTe BapuabeNbHOW 00JaCTH HEMOCPEICTBEHHO YYacTBYET B CBS3bIBAHMM AHTUICHA. DTOT BBIBOJ BHadaye ObUI CAENaH B pe3yJibTaTe
OLICHKM MaKCHMAJIbHBIX PAa3MEPOB aHTHICH-CBS3BIBAIOLICTO y4acTKa. IIepBblc M3MEPEHHUS, B KOTOPBIX «MOJCKY/ISIPHBIMU JIMHEHKAMMY CIIY)KHIIH OJHTOMEPBI
pa3HOil BEeIWYMHBI, OBUIM NPOBEICHBI HAa aHTUTENAX K JEKCTpaHy - noaumepy D-rimokossl. Korma st Toro, 4toObl NMOAABHUTH CBS3bIBAHHME AEKCTPaHa C
AQHTUTEJIAMU K HEMY, MCIIOJIb30BaIM AMCAXapHJbl, TPHCAXapUAbl M OJIUrocaxapu/bl OOJbIICH UIMHBI, COCTOSIINE U3 OCTATKOB IVIIOKO3bI, TO UX JACHCTBHE
BO3pacTajio MO Mepe YIJIMHEHHUS LENH NMPUOIM3UTENbHO O IIECTH MOHOMEPOB; C OJMrocaxapuaaMu Oonblieil JMHBI 3()(EKT HE yBENIUUUBAJICA, IDTO
IO3BOJISUIO TIPEANoararth, YTO HauOoJee KPYIHBIC AHTHICH-CBS3BIBAIOINME YYACTKH MOIYT KOHTAKTHPOBAaTh CaMoe OOJbLICe € IATHIO WM ILIECTHIO
caxapHbIMU OCTaTKaMH aHTUreHa. [1o3ToMy Kas3anaoch KpaiiHe MaJOBEpOSTHBIM, 4TO Bce 220 aMMHOKHMCIOT BapuabenbHbIX oOnacreit L- u H-ueneit BHOCAT
IPsIMOi BKJIA[] B IOCTPOCHHIE aHTUTCH-CBS3BIBAIOIICTO YIaCTKa.

W neiicTBUTENBHO, TEHEph SCHO, YTO CBS3BIBAIONIMII Y4acTOK aHTHTENa (HOPMHPYIOT BCero Wb OKoIO 20-30 aMHHOKHCIOTHBIX OCTaTKOB
BapHabenbHOll 06acTu Kaxkmod w3 meneil. IlepBbIM CBHIETEIBCTBOM B IOJB3y 3TOrO SBHJIMCH JaHHbIE 00 AMHHOKHCIOTHBIX IIOC/IEIOBAaTEIbHOCTSIX,
[OKA3aBIIME, YTO pA3IMYMsi MEXIy BapHabenpHbIMH oObOmacTaMu Kak B L-, Tak u B H-memsx B OCHOBHOM OrpaHMYCHBI TpeMsi HEOONBIINMH
runepBapuade bubIMH

BapwabensHan obGnacte Tk
TAMETOH Uenu

nepeapvate NoHbie
obnacTu TAMeNoW WenmM
f

Funepaapmabens Hsle
obnacTw

BapwabensHan
obnacTe NErKoW
uena

NeHEIE

nacmi
ner Koi

yenw
/ /

Puc. 18-25. Ha 3710#1 CHIIbHO yIIPOLIEHHOM CXEME IT0Ka3aHo, KaK TP rHnepBapradesibHble 00JIaCTH KaXI0H JIErKO# U TSHKENON ey COBMECTHO 00pa3yroT
AQHTHUTCH-CBA3BIBAIOIIMI y4aCTOK MOJICKYJIbI aHTHTENa. ['HepBapuabenbHble 001acTH HHOTIA HAa3bIBAIOT 00IACTSIMH, ONPEICISIOIMMY KOMILICMEHTapPHOCTb.
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o6uacTAMH B Kaxxaoii nenu. OcTanbHBIC YaCTH, U3BECTHBIC 110 HA3BAHHEM CHMPYKNYPHbIX 061acmetl, OTHOCHTEIBHO IIOCTOSHHEL JTH JAaHHBIC IO3BOJIMIN
HPE/ICKa3aTh, YTO AHTUTCH-CBA3BIBAIOIIMIT y4acTOK 00pa3yoT Beero auiib 5-10 aMMHOKHCIIOT KaX10i runepBapuadenbHoi obmactu (puc. 18-25), u 31o 66110
BIIOCJIC/ICTBUH IIOATBEPIKACHO PEHTTCHOCTPYKTYPHBIM aHATH30M aHTUTEI (CM. HIKE).

18.3.3. L- u H-uenu cBepHYTHI B Psii NOBTOPSIKOIIUXCSI FTOMOJIOTHYHBIX IoMeHoB [11, 16, 18]

Korzaa k xoHIy 60-x To0B ObLIa BIIEPBBIC OIPE/ICIICHA TOJIHAs NOCIIEI0BATEILHOCTh aMUHOKHICIIOT B OJJHOW U3 H-1ienel, crana ouyeBuaHOM npyras
Ba)KHasE OCOOGHHOCTH CTPYKTYpHI Ig. Oka3anock, 4TO0 KOHCTaHTHas 00JacTh, KOTOpas B OONbIIMHCTBE H-memeil mpuMmepHO B TpH pas3a IJIMHHeEe, 4yeM B L-
LeMNsAX, COCTOUT M3 TPEX I'OMOJIOTMYHBIX CETMEHTOB, IPUYEM Kbl M3 HUX, JUIMHOH O0Koso [1O aMHUHOKMCIIOT, COIEPXKUT MO OJHOH BHYTPUIIEIOYEUHON
UCYIb()UAHON CBSA3K. DTH TPU CErMEHTa TOMOJIOTUYHBI HE TOJIBKO JIPYT APYTY, HO TAK)Xe U KOHCTaHTHOW oOyactu L-nieneil. EnquHcTBeHHBIC BapuabenbHbIC
noMeHsI B L- 1 H-mersix To)xe CXORHBI MeXIy COOOH, a B MEHBLIEH CTENEHH - U ¢ KOHCTAHTHBIMHU JIOMCHAMHU.

OTH JJaHHBIE TIO3BOJIMIIM MPEJICKa3aTh, YTO KakK L-, Tak 1 H-nenu nocTpoeHsl U3 MOBTOPSIIOLUIMXCS CETMEHTOB, WM JOMEHOB, KaXK/bli U3 KOTOPBIX
CBOPAYMBACTCS HE3aBHCUMO, 00pa3ysi KOMIIAaKTHYI (yHKIHOHAJIbHYI0 eauHuy. U peiictBurensHo (puc. 18-26), L-1ienb COCTOMT U3 OAHOTO BapHaOEIbHOTO
nomena (Vi) u oxHoro koHctautHoro (Cp), a 6onpmmHeTBO H-neneit - u3 BapuaGensHoro nomena (Vi) U Tpex koHCTaHTHBIX 1oMeHOB (Cyl, Cn2 u Cy\3).
(Kaxknast - ¥ e-1IeTIb COAEPXKUT OJIMH BapHaOesbHbII U YEeThIPEe KOHCTAHTHBIX JOMeHa.) BapuabenbHble JOMEHbI OTBETCTBEHHBI 3a CBS3bIBAHUE aHTHICHA, a
KOHCTaHTHBIE JoMeHbl H-1ieneii (3a uckimouenreM Cyl) 06pasyror Fc-0051acTh, onpeaessonyo Apyrue OH0oJI0rnIecKie CBOMCTBA aHTHTEI.

T'omonorus Mexay IOMEHaMH I[O3BOJSET HPEAINONOKUTE, YTO LENH [g BOZHHMKIM B XOJE SBOJIOLMH B pe3yibTaTe psiga MOCIEHOBATEIbHBIX
IYIUTHKALHHA OZHOTO HCXOJHOTO TeHa, KOTOPHIH KOAUPOBA OJHH-CIUHCTBEHHBIN JOMEH ¢ HEHM3BECTHOW (QyHKIHEH, cocTosBiuuii u3 110 amuHokucnoT (pasz.
18.6.20). Dty runore3y MOAKPEIUISIOT JAHHBIE O TOM, YTO KaXKAbIH JOMEH KOHCTAHTHOH oOnactu H-menu KomupyeTcst OTACNBHOM MOCIIeI0BaTEIbHOCTHIO
JIHK (3x30HO0M) (puc. 18-27).

Puc. 18-26. Kaxxzast 13 JIerkux ¥ TSOKEINBIX Lenel B MoJieKyJie Ig cBepHyTa B IOBTOPSIIOIIMECS JOMEHBI, CXOIHBIC IPYT ¢ IpyroM. BapuabenbHbie ToMeHbI TeX
u apyrux ueneit (Vo u Vi) o0pa3yroT aHTUIeH-CBA3BIBAIOIIME YYaCTKU (CM. puc. 18-25), Toraa Kkak KOHCTaHTHBIE JOMEHBI TSKEJbIX Lenel (TI1aBHbIM 00pa3om
Cy2 u Cy3) onpenensitor qpyrue OHoIornyeckue cBoiicta MosekyJibl. Tspkensie uenu antutel IgM u IgE uMeroT ONONHUTENIBHBIM KOHCTAaHTHBIH JOMEH
Cud.
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Puc. 18-27. Opranuszauus nocnenosatenbHocteit JTHK, Koaupyomux KOHCTaHTHYI0 001aCcTh TshKeNoi enu. [lociaenoBaTenbHOCTH, KOAUPYIOLIUE KaXKIbIit
U3 IOMCHOB M IIAPHUPHBIA Y4aCTOK (3K30HbI), pa3ielIeHbl HEKOJUPYOIIMMHY IIOCIIE0BAaTeIbHOCTIMU (HUTpOHAMH). IHTPOHBI yIasIOTCs Iy TeM CILUIafiCHHra
nepsuuHbix PHK-TpanckpunToB npu odpazosanun MPHK. IHK, konupyromas BapuabenbHy0 00JacTh TSHKEI0H Lienu, He oka3ana. Bo3aMoxHo, uTo
HaJIMYUe MHTPOHOB B nocienoBatenbHocT JJHK obneryano Bo3HUKHOBEHHUE CitydalHbIX Ayrunkanuii B JJHK, npuBeanux K mosiBICHUIO TEHOB aHTHUTEN B
nporiecce 3Boironuu (pa3a. 9.4.12 u 10.5.3).

18.3.4. PeHTreHOCTPYKTYpHBIE HCCIe0BAHNUS BBISIBUJIH TPEXMEPHOE CTPOEHHE JOMEHOB H AHTHI €H-CBSI3bIBAIOIIHX
Y4aCTKOB MMMYHOI 100y 1MHOB [19]

Jlaxke Torzia, KOTAa U3BECTHA IIOJIHAs aMHHOKHCIIOTHAS IIOCIIEIOBATEIBHOCT Oellka, U3 Hee HEBO3MOXHO BEIBECTH €r0 TPEXMEPHYIO CTPYKTYpY -
Ul 3TOr0 HEOOXOAMM PEHTIeHOCTPYKTYPHBIH aHaJIM3 KPUCTAUIOB AaHHOro Oenka (pasn. 4.1.14). B kpucTaqimyeckoM BHJE YK€ IMOJIYYEHbI HECKOJIBKO
(parMeHTOB MHEIOMHBIX O€nKoB U ofuH UHTAKkTHRIH IgG. JlaHHBIE DPEHTTEHOCTPYKTYPHOTO aHalIuW3a OTHX OENKOB IOATBEPIIIN IIPEICKa3aHUs
NMMYHOXMMHKOB. Elle BakHee TO, Y4TO 3TH HCCIICJOBAHMS [O3BOJNMIM IOHATH, KAK Ha OCHOBE OJHOU U TOH K€ CTPYKTYPHOH CXEeMBI KOHCTPYHPYIOTCS
MHJUTHOHBI PA3JIMYHBIX AaHTUTCHCBA3BIBAIOIIHX YJaCTKOB.

Kax nokasano Ha puc. 18-28, Bce JoMeHBI Ig HMEIOT 0YeHb CXOIHYIO MPOCTPAHCTBEHHYIO CTPYKTYPY, B OCHOBE KOTOPOH JISKHT TaK Ha3bIBacMasi
HMMYHOI100yJIMHOBas yKJIaaka. Kaxplii foMeH npeacTaBisieT co0oii, rpy06o roBopsl, IIIHHIP pa3MepoM 4 X 2,5 X 2,5 HM, IOCTPOCHHBIH KaK «COHIBHD
u3 JBYyX OCJIKOBBIX CJIOEB, I'I€ OJMH CJIOW 00pa3oBaH TPeMs, a IPyroi - YEThIPbMS OTPE3KaMM MOJMIIEITHIHOM Leny. B kaxaoMm cioe npuierapomue apyr K
IIPYTY OTPE3KH aHTUIApaUIedbHbl U 00pasyroT B-cioi (paszn. 3.3.2). JIBa Takux CJOS PACIOJIOKEHBI MPUONIHU3UTENBHO MapauIeIbHO U COCIMHEHbI OIHOU
BHYTPUIIETIOYEHUHOH AUCYTbMHUIHON CBS3EIO.

BapuaGenbHble TOMEHBI YHHKQJIbHBI B TOM OTHOILEHHM, YTO KaX/Ibli M3 HUX HUMEET CBOW OCOOCHHBIN HA0Op M3 TpeX TrunepBapuadeIbHbIX
obuacTeii, yJI0KEHHBIX B TPU eunepsapuabenvruvie nemau (cM. puc. 18-28). 'unepBapuadenbubie netnu L- u H-BaprabenbHbIX JOMEHOB COOpaHbI B TPYIIY U
00pa3yloT aHTHI'€H-CBS3BIBAIOIIMN YYacTOK, KaKk TO M OBUIO IpeAcKa3aHO. BaxKHBIM IPHHIUI, PACKPHITEI B pe3ysbTaTe NPOBENCHHBIX HCCIICIOBAHHI,
COCTOMT B TOM, YTO BapuabenbHas 001acTh MOJICKYJIbl QHTUTENIA COCTOUT M3 BEChbMa KOHCEPBATHMBHOM JKECTKOW CTPYKTYpPbI, K OJJHOMY W3 KOHIIOB KOTOpPOM
IPHUKpEIICHbl THIepBapradenbusle netnd. [lostoMy orpoMHOe pa3sHOOOpasue aHTHICH-CBA3BIBAIOIINX YYaCTKOB MOXKET CO3IaBAThCS ITyTeM H3MEHEHUS
OJHUX TOJILKO TUIIEpBApHAOEIBHEIX IIETeNb - UX JIMHBI H AMHHOKHCIIOTHOH IIOCIIEIOBaTeIBHOCTH - 63 HapyIIeHUs 00IIel MPOCTPaHCTBEHHOH CTPYKTYPHI,
HEO0OXOAUMOH 111 (PYHKIIMOHUPOBAHUS AaHTHTEINA.

PeHTreHOCTPYKTYpHBI aHauW3 (ParMEHTOB AHTHTEN, CBA3AHHBIX C AHTUTCHOM WM AHTUTCHHOW [CTCPMHHAHTOH (TalTEHOM), IIO3BOJMI
YCTaHOBHTb, KaK HMEHHO (B psiJie KOHKPETHBIX CIIy4aeB) rHIepBapHadebHble IeTIH L-
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Puc. 18-28. [IpoctpaHCTBeHHAs CTPYKTypa MOJIEKyJIb! anTuTena IgG (110 JaHHBIM PeHTIeHOCTPYKTYpHOTo aHanu3a). 4. Kaxaplii aMHHOKHCIIOTHBIH OCTaTOK
MOJICKYJIBI OelIKa n300paXeH 3/eCh B BUJIE MaJICHbKOT0 mapuka. OJIHa U3 TSDKEJBIX LeNel Moka3aHa OeibIM IIBETOM, Apyras - TEMHO-CEPbIM. JIOMEHBI JIerkux

Lernei moka3aHbl [BETHBIMU. MOJIEKyJIa aHTHTEN A [IHKO3MINPOBAHA: OJIUrOCaXapH/IHas LIelb, IpHKperUicHHas noMeny Cy2, n300paxeHa CBETI0Cepoi. b.
IIpocTpancTBeHHas yKiIaaKa Beeil nerkoil nenu. Kak BapuaOenbHbIi, Tak 1 KOHCTaHTHBIH JOMEHBI COCTOST U3 ABYX [3-ClI0eB (OAUH M3 HUX COCTaBIEH U3 TPEX

OTPE3KOB IIEHH, a JPYroi u3 4eTsbipex). IlonunenTuaHble N B 3THX ABYX CIIOSX TOKa3aHbl PA3HBIMH LIBETAMH; CJIOM COSIMHEHBI MEX/Ly CO00i
JaucyIb(GuIHOI cBA3bl0. OOpaTHTEe BHUMAHKE, YTO BCE THIIepBapuadesbHble 001acT 00pa3yroT HET/IN Ha JalbHEM KOHIE BapHabeIbHOrO JOMEHA, Iie OHH
cOnmkaloTest 1 GOPMHUPYIOT YacTh aHTHI€H-CBsA3bIBatONIEero ydacTka (A - mo E. W. Silverton et al., Proc. Natl. Acad. Sci. USA 74, 5140, 1977; b - no M.
Schiffer at al., Biochemistry, 12.4620, 1973. Copyright 1973 Amer. Chem. Soc.)

n H-BaprabenbHBIX JOMEHOB COBMECTHO 00pa3yIoT OJ[HY aHTHI €H-CBSA3BIBAIOILYIO IOBEPXHOCTh. Pa3sMeps! 1 opMa ka0l Takoi IIOBEPXHOCTH BaPEUPYIOT B
3aBUCHMOCTH OT KOH(OPMAlMM MOJMIICNTUIHON LENHM B THIEPBApUAOEIbHBIX MNETIAX, KOTOpas B CBOI OYEPE[b ONPEACIACTCS II0CIIECA0BATEILHOCTBIO
GOKOBBIX IENIeil AMHUHOKHUCIIOT B 3THX NeT/isiX. Takum 00pa3om, ceifyac yike MOHATHBI 00IIHe IPUHLHIBI CTPYKTYPBI aHTUTEIL.

3akavenune

Kasicoas L- u H-yenv ummyHoenobyiuna cocmoum u3 eapuabeivbroi ooracmu Onunot npumepto 6 I10 amuHokuciomusix ocmamrog Ha N-konye u
crnedylowell 3a Helo KOHCMAHmMHOU obnacmu, KOmopas umeen maxyio gce onuny 6 L-yenu u 6 mpu unu yemvipe paza onunnee 6 H-yenu. Kaoxcoas yenv
cocmasgiena u3 noGMopPAIWUXCA, CXOOHbIM 00pA30M C8epHYMbIX 00MeH08: y L-yenu umeemcsi oOun domen 6 eapuabenvroui obnacmu (Vi) u ooun 6
KOHCMaHmHou obracmu
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(Cp), a y H-yenu - ooun oomen 8 eapuabenvrou obnacmu (Vi) u mpu unu uemvipe 6 xoncmanmuou oonacmu (C,). Hzmenuugocms amuHOKUCIOMHOU
nociedosamenvrocmu 68 eapuabenvhvix oonracmax L- u H-yeneil ocpanuyena 6 0CHOBHOM HECKONbKUMU HeOOMbUUMU 2UnepsapuabersHblMu 001acmsamu,
KOmopbie npoCmpaHcmeeHHo conudxcensl Opye ¢ Opy2om u 0bpasyiom aHmueeH-cesa3ul8alouull y4acmox. Dmom y4acmox umeen pasmepul, 00CMAmoyHsie Osl
mo2o, ymobbl KOHMAKMUPOBAMb C AHMUZEHHOU 0eMEPMUHAHMO, COOMBEMCMBYIOWell NO BeUYUHe NAMU UL WeCmU OCIMAMKAM caxapd.

18.4. Kak co3naercst pa3HooOpa3ne aHTUTe]

ITo umerommMest OICHKaM, JaXke B OTCYTCTBHE aHTHI€HHOI CTUMYJIAIMU y MBIIIM MOXKET BBIPAOATHIBATHCS MHOTO MUJLUIHOHOB Pa3sHBIX MOJEKYII
AHTUTEIL, - 9TO €€ npeumMmyHHblil penepmyap. I10CKOIbKY aHTUI€H-CBA3BIBAIOIINE YYACTKH MHOIUX aHTUTEI MOTYT IIEPEKPECTHO PEarupoBaTh CO MHOXXECTBOM
OIM3KNX, HO Pa3IMYAOMIMXCS AHTUTCHHBIX ACTCPMHHAHT, NPECHMMYHHBIN pernepryap, BUANMO, HOCTATOYHO BEIHK JUISL TOTO, YTOOBI MOYTH IS KaXKIOH
MOTEHI[HAILHON aHTHI'€HHOMU JIeTePMHHAHTHI HAIIENICS HOIXOAAIINN aHTUTeH-CBI3bIBAIOIIUH YIaCTOK.

AHTHTETa TPEACTABISIIOT co00i Oenky, a Oenku Komupyrotcs reHamu. [lostomy pa3HOOOpa3de aHTHUTEN CTaBUT CIOXKHYIO T€HETHYECKYIO
pobiieMy: KakuM 00pa3oM YHCIIO BUIOB BHIPAOATHIBAEMBIX B OPraHU3ME aHTHTE MOXKET IIPEBBIIIATH YHCIIO TeHOB B ero renome? (ITomararot, HanpuMep, 4To

Puc. 18-29. TpexmepHast CTPYKTypa KOMIUIEKCA aHTUTCH-aHTHTEINO (II0 JaHHBIM PEHTTCHOCTPYKTYPHOI'O aHalln3a). AHTHICH - B JAHHOM CIIy4ae 9T0 (pepMeHT
JIM30LMM BBICJICH LBETOM. AHTHUI'€H-CBSA3bIBAIOLIHI yuacTok Fab-dparmenta antuTena 06pa3yroT COBMECTHO ABE LIEIH - JITKast ¥ TsDkelast (Ha PUCYHKe
CBETJIO-Cepast U TEMHO-CEpasi COOTBETCTBEHHO). . 31eCh MOJIENIM aHTUI€HA M aHTUTENA Pa3/IeliCHbl, YTOOBI II0Ka3aTh HX KOMIIEMEHTAPHbBIC KOHTAKTUPYIOLIHE
[IOBEPXHOCTH. BBICTYIT Ha KOMIUIEMEHTApHO# IOBEPXHOCTH aHTUTCHA MPECTABIAET COO0I OCTATOK IIIyTaMHHA. B psiie ApYrux aHTHTEI, HCCIICAOBAHHBIX TEM
K€ METOJIOM, aHTHI€H-CBA3BIBAIOIIMI yIaCTOK (1711 HeOOJBIIOro ranTeHa) oopasyeT ropasno Oosee rirybokylo menb. (A. Amit et al., Science, 233, 747-753,
1986. Copyright 186 by the AAAS.)
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Puc. 18-30. DxcniepuMeHT, KOTOPBIH NPSAMO MOKa3all, YTO B X0/
pasurus B-xierok THK noxsepraercs nepecrpoiike. bputa
skcrparuposana JIHK 13 MBIIIHHOM OMyX0Jn M1a3MaTH4ecKux
KJIETOK (MHEIOMBI). CHHTE3UPYIOIIEeH ClIeH(HYECKYIO JIETKYIO
uens Ig, 1 u3 13-1HEBHOT0 MBIIIMHOTO 3MOPHUOHA, Y KOTOPOTO
aHTHTeNA elle He BrIpabaThiBatorcs. Ty u npyryio JTHK
PpacIleIuIsIM PECTPUKLIMOHHON 3HJIOHYKJIEA301 U I10JIyYEHHbIE
(bparMeHThI TOABEPTaNH 3MEKTPO(Oope3y B arapoBoM reje.
3aTteM BBLBIIUIN ()PAarMeHTH, B KOTOPBIX HMETHCh
[I0CIIeI0BATENBHOCTH, Koaupytomme C-obnacts L-nenu, u
(hparMeHTHI ¢ KOIOM TS onpeeneHHoi V-obmactu L-nenu
(st 3TOTO UCTIONB30BaAH THOpHUAKM3anHIo 10 Cay3epHy ¢ IBYMs.
panuoaxtuBHbIMU JITHK-30H1aMu: 0MH U3 HUX OBUT
KOMIIJIEMEHTapeH KOJHPYIOIIEH MocIeJoBaTeNbHOCTH IS V-
obnactu, a apyroii - s C-o6nactu MPHK s cniennguueckoit
L-uenu muenomsr) (pasa. 18.3). B JIHK kiertok MuenoMsl
MOCJIEI0BATEIbHOCTH, Koaupytomue C - u V-obnactu, Obuti
0oOHapy>XeHbI B cOCTaBe OJHUX U TeX ke pparmentos THK,
toraa kak B JIHK 13 sMOproHa oHYM OKa3aInuCh B Pa3HBIX
¢parmenTax (Tak ke kak u B JJHK u3 npyroii MuenomHoi
OITyXO0JIH, BBIpaOaThIBaBLICH Apyryto L-1ienb; Ha cxeme He
MOKA3aHo).
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y deloBeKa TreHOM cojepxut Menee 10° remoB.) Opmako mnpoGiemMa He CTOJb
IpaHMO3HA, KaK KaXeTcs Ha mepBblid B3rsA. [10CKONbKY B aHTUICH-CBSA3bIBAIOIIMIA
Y4acTOK BHOCAT BKIan kKak L-, tak u H-uenu, y xwuBotHoro c¢ 1000 reHos,
koxupyromux L-nenu, u ¢ 1000 renos, koxupyromux H-uenu, npoayKTsl 3TUX FEHOB
mormu Gbl oBpaszoBath 1000 x 1000 pasmmumpix komGuuamuii, T.e. 10° pasmbix
AQHTUTEH-CBS3bIBAIOIINX YYACTKOB (€CIIM MPEIIOIOKHUTD, YTO TPH 3TOM Jrobast L-uenb
MOXeT coueTarbcs ¢ o0oi H-nenblo). Tem He MeHee HMMyHHas CHCTEMa
BbIpa0OTaIa yHUKAJIbHBIC TEHETHYECKUE MEXaHU3MBbI, T03BOJISIOIIME €I TeHEepUpPOBaTh
MOYTH HEOTPAHUYEHHOE YHCIIO Pa3NMyHbIX L- u H-meneil. DTH MexaHH3MBI MOTYT
BapbUPOBATH B 3aBUCUMOCTHU OT BHJA )KMBOTHBIX; HALIPHUMEDP, OHH BECbMa PA3JIHIHBI Y
Kyp ¥ y MJEKONUTaroIux. Hwke Mbl COCpeloTOYMM BHHUMAaHHE Ha MEXaHU3Max,
HCTIONB3YEMBIX Y MIICKOIHUTAIOLINX.

18.4.1. B npouecce pasputusi B-kieTox npoucxoaut coopka
TeHOB AHTHTE] U3 OT/IeJIbHBIX T€HHbIX cerMeHTOB [20]

V3yueHre aMHHOKHCIIOTHBIX MOCIEHOBATEIBHOCTEH MHEIOMHBIX OCIKOB
MPUBENO K TPEINOJIOKEHUIO O TOM, uTo BapuabenbHas (V) u koHcrantHas (C)
obnmacTu KaxJoi u3 memeil Ig MOryT KoIupoBaThCsl OBYMS OTJEINBHBIMH I'€HHBIMH
CerMEHTaMH, KOTOpbIe KakuM-To obOpasom coemuustoress B JIHK mepen ux
skcnpeccueit. Ilepssie mpsmMele qanuele o nepectpoiike JJHK B mpouecce pa3zsutus B-
KJIeTOK ObUmM monydeHs! B 1976 r. mpu cpaBHenmn JIHK n3 paHHHMX MBIIMHBIX
9MOPHOHOB, HecHocOoOHBIX K BbIpaborke anturen, ¢ JHK u3 kietox MplmmHON
MHEJIOMHOH KICTOYHOH JIMHHHM, BbIpabaThIBAlOIMX aHTHTena. Kak mokasamu
9KCHEePUMEHTHI, CIeIU(pHIECKUe OCIeT0BaTeILHOCTH, Kogupytomue V- u C-obnactu
1 MCIIOJIB3yeMBbIe KJIETKAMH MUEJIOMBI, HAXOIMINCh B 9THX KJIETKaX B OJHOM U TOM e
PECTPUKIMOHHOM (hparMeHTe, a y SMOPHOHOB - B ABYX Pa3HBIX PECTPHKIHOHHBIX
¢parmenrax. CriemoBaTenbHO, Ha KAaKOM-TO OdTane AuddepeHnupoBkH B-xietok
MPOUCXOJMT TepecTpoiika nocnenosarensHocteit JIHK, koampyromux Mosekyssl
antuten (puc. 18-30).

Ceiluac M3BECTHO, 4TO I KaKAOro Tuma uenei Ig-merkux unemeit X,
JerKuX Lened X W TSDKeNBbIX LeMei - CyIIecTBYEeT OTACNbHBIH «Iyn» (oOmupHas
IpyNIa) TeHHBIX CErMEHTOB, KOTOPBIE MOTYT OBITh HCIOJIb30BAaHBI IPH CHUHTE3E
OTZENBHON MOJMIENTHAHOH IIenu. DTU IyJbl HAXOAATCS B Pa3HBIX XPOMOCOMAX, H
Ka)K/BII U3 HUX COIEPIKUT OOBIYHO OOJIBIIOE YHUCIO FEHHBIX CETMEHTOB, KOAUPYIOLINX
V-obnacte nemnu Ig, ¥ HECKONBKO MEHBILIEE YHCIO CErMEHTOB, Koaupylommx C-
obnacTs. B mponecce pa3BuTHs B-KI€TKU NPOHCXOIHUT - MyTeM caiiT-crenuduaeckon
pexoMOuHanuu (pasa. 5.4.7)-cOopka MOJHOI KOAUpYIOLIei HOCIeA0BaTeIbHOCTH IS
KaXmaod u3 1ByX wenei Ig, Kkoropele OyIyT CHHTE3UPOBAThCA; IIPU ITOM
MIOCIIeI0BATEILHOCTH, Kopupyromue V- u C-001acTH, COSIUHSAIOTCS IPYT C APYTOM.
IToMuMO COEIMHEHHUS OTHENBHBIX CErMEHTOB TI€HA, OTH MEPeCTPOHKH TaKKe
AaKTUBHPYIOT TPAHCKPUIIIMIO C T€HHOTO IPOMOTOpA - BO3MOXKHO, ITyTEM H3MEHEHHMH
OTHOCHUTEIBHOTO IIOJIOXKCHHSI JHXAaHCEPOB M CailJIeHCepOB, BO3ICHCTBYIONIMX Ha
npomotop (pasa. 10.2.7). ITosTomy Lemnb Ig MOXKET CHHTE3MPOBATBLCS TOJBKO HOCIE
TOro, Kak npousoiaer nepecrpoiika JIHK. IIponecc 00beiMHEHNS TEHHBIX CETMEHTOB
YBEINYHBAECT Pa3sHOOOpa3He aHTUTCH-CBS3BIBAIONINX YYAaCTKOB; 37€Ch HIPAIOT POIb
HECKOJIBKO (DAaKTOPOB, KOTOPBIE MBI PACCMOTPUM HHUIKE.

18.4.2. Kaxnas V-o01acTh kogupyercs 0oJiee 4eM 0OJHUM
TeHHBbIM cerMeHToOM [21]

Korma wusyunnu mnocnenoBarensHoct JIHK, xomupyromme V- u  C-obmacry,
oKkazanock, 4rto C-00acTb TOH MM HHOU Lieny Ig KoaupyeTCs JINIIb OXHUM
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Puc. 18-31. IIpouecc coenunenus V-J, ¢ KOTOPBIM CBs3aHO 00pa3oBaHue &-yerkoii nenu y Mpimu. B JIHK nepBHYHBIX HOJIOBBIX KIETOK (T/€ T€HBI
HMMMYHOTJIOOYIMHOB He SKCIIPECCHPYIOTCS H IO3TOMY HE IIePecTpanBalOTCs) TPYINA U3 YeThIpEX J-TeHHBIX CETMEHTOB OTAeNeHa 0T C-TeHHOTO CerMEHTa
KOPOTKUM HHTPOHOM, a 0T IpuMepHO 300 V-zenubix CeTMEHTOB - THICSYaMU HYKJICOTUIHBIX Hap. J-CETMEHT KOJUPYeT OKOMIO 15 C-KOHIEBBIX aMUHOKUCIIOT

V-06nacTu; y4acToK COe/JUHEHHs V- 1 J-CErMEHTOB COBIIAJIAeT C TPEThEH rUIepBapHabeIbHOil 001acThIO. V-CerMeHThI Ha XPOMOCOME YacTO ObIBAIOT

CcOOpaHbl B TPYIIIBI TOMOJIOTHYHBIX CEMEICTB, KOTOPBIE, TO-BUIMMOMY, pacipe/iesieHbl o obaacTu auHoit 6osee S0000 HykneoTHaHbIX map. B xone
pa3BuTUs B-kieTok onpeneneHHbli V-ceamenm (B IpeICTaBICHHOM 371eCh ciTydaeV3) nepedpackiBaeTcsl TOYHO B IOJIOXKEHHE PSIOM C OXHHM U3 J-CETMEHTOB
(B mauHOM ciyuae J3). «JInmnuit» J-red (74) 1 MHTPOH TPAHCKPUOUPYIOTCS (BMECTE C COCAUHEHHBIMU V/3-, J3- 1 C-cerMeHTaMH), a 3aTeM BBIPE3alOTCs IyTeM

PHK-crutaiicunra. B pesynbrate o0pasytorces Mosekynsl MPHK, B koTopsix nocnenoarensHoctu V3, J3 u C pacnonosxkens psgoM. Otu MPHK 3atem

5
TPaHCIMPYIOTCS B ﬁ -JICTKUEC LICIIHN.

TeHHBIM cerMeHToM (C-cerMeHTOM), TOrja Kak Kaxpad V-o0macTe- Oojee dYeM OJHHM CErMEHTOM. V-o0macTe Kaxiaod L-menm kommpyercs
nocnenoparensHocThio JIHK, coOupaemoii U3 JIByX T€HHBIX CETMEHTOB - JUIMHHOTO V-CerMeHTa M KOPOTKOTO COCJMHHUTEIBHOTrO J-cerMeHTa (HE ITyTaTh C
0eIKOBOH J-11enbt0, KOTOpas KOAUPYETCs B APYrod 4acTH IeHoMa, - ¢M. pa3a. 18.2.5). Ha puc. 18-31 moka3aHbl FeHETHUECKHE MEXaHU3MBbI, YUacTBYIOIIUE B
obpasoBanuu L-mereii.

V-obnacte kaxmoit H-uenn xommpyercs nocienosatensHoctbio JIHK, cobnpaemoii u3 Tpex reHHbIX cerMeHToB: V-cerMeHTa, J-cermenra u D-
cermenTa (diversity gene segment). OpraHu3anus FeHHBIX CETMEHTOB, yYacTBYIOIMX B cMHTe3e H-1ieneii, mokaszana Ha puc. 18-32.

Bbonpmoe uncno Hacmemyemeix V-, J- m D-cermenTos, xoaupyromux nenu Ig, camo mo cebe BHOCHT CyIIECTBEHHBIH BKJIaj B pa3HoOOpasue
anTuTen. OJJHAKO 3TOT BKJIAJ elie GOoJblle yBeINIMBACTCs IyTeM KOMOWHUPOBAHHS Pa3HBIX CEIMEHTOB (TaK Ha3bIBAEMOE KOMOUHAYUOHHOE pazHooOpasue).

Hamnpumep, y Mbimm kaxaslii u3 npuMmepHo 300 V-cerMeHTOoB IyJia Juls JIErKO# Lenu M- MOYKET COSIIMHUTHCS C JIIOOBIM U3 YEeTHIPEX J-CErMEHTOB (CM. pHC.

18-31), u B pe3yabTaTe 3TOT IMyJl MOKET KOoauposath 1o MeHbliei mepe 1200 (300 ¢ 4) pasubix V-obnacreit J"':'—uenm. (ITynm st Ierkoit nenu Ay Mbliiu
COZICPIKHT JIMIIb 1Ba V-CErMEHTa; y YeloBeKa - 3HAYMTENbHO Ooibine.) AHanorugHo, moooi m3 1000 (wmu okomno toro) V-cermeHrtoB mmyna st H-nemu
MBIIIN MOET COEJIMHUTHCS C JIIOOBIM U3 YEThIPEX J-CErMEHTOB U U3 110 KpakiHel Mepe 12 D-cermMeHTOB, Tak 4TO MOTYT OBbITh 3aKOAMpOBaHbl MUHUMYM 48000
(1000-4-12) passbix V-o0aacTell TsDKENOW 1enu. DTH OLEHKH BECbMa MPUOJIM3UTENbHBI, MOCKOJBKY TOYHOE YUCIO V-T€HHBIX CETMEHTOB B JTHX ITyJax
HEH3BECTHO.

Haubonee BakHbIM MeXaHU3M, HPUBOASAIIMHA K Pa3HOOOPA3UI0 aHTUI'€H-CBA3BIBAIOIIMX YYaCTKOB aHTUTEIN, - 3TO KOMOMHALIMOHHOE pa3HOOOpasue,
BO3HHUKAroLIee Npu cOOpKe YHACIeA0BaHHbBIX V-, J- 1 D-reHHBIX CErMEHTOB

Vgt V2 Vi n D, By Dy g Jy 4 CL_, Cs CT Ce C,
OAHK 3arotw

Puc. 18-32. V MblM myn reHHBIX CErMEHTOB ais H-uenu comepskurt, mo-suammomy, okono 1000 V-cermenToB, mo meHbuieir mepe 12 D-
CErMEHTOB, 4 J-CErMeHTa U yNnops104eHHOe CKoIuleHne C-CErMeHTOB, KaXKAblii U3 KOTOpbIX KoaupyeT H-1ienb cBoero kiacca. D-cerMeHT koaupyer ot I o 15
aMMHOKHUCIIOT B TPEThEM TUIIepBapuadebHOM ydacTke V-o0aacTy. Exunblii MaciTab Ha pUCYHKE HE BBIAEPXKAH, @ MHOTHUE JeTallu omylieHbl. Hanpumep:

1) nmerores getsipe Cy-cermenta (Cyi, Cyoq, Cyopy 1 Cy3);

2) kaxapiii C-CerMeHT COCTaBJIeH U3 MHOTHX 3K30HOB (cM. puc. 18-27);

3) Jyl- u Cy-cerMeHThl OTAENeHbl Apyr oT japyra npumepHo 200 000 map HYKIEOTHIIOB; TaK e KakK M B Cllydae V,-CErMEHTOB, V,-CEIrMEHTBHI
coOpaHbl Ha XPOMOCOME B TPYIIIBI TOMOJIOTHYHBIX ceMeiicTB. B 0OpazoBanun H-1ienu y4acTBYIOT Te K€ FeHETHYECKHE MEXaHU3MbI, YTO U B 00pa3oBaHuu L-
nemnei (kak moxasano Ha puc. 18-31), 3a nckiroueHueM Toro, 4to BMecto ofHoi nepectpoiiku JTHK HeoOxonumel nBe: cHavyana D-cerMeHT coenaunsercs ¢ J-
CErMEHTOM, a 3aT€M K HUM IPUCOEAUHACTCS V-CErMeHT.
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B PA3JIMYHBIX cOYeTaHUsX. Kak Mbl y)Ke BUICIH, Y MBI OJUH JHIIb 3TOT MEXaHH3M JaeT BO3MOXKHOCTh BhIPa0aThIBaTh 10 MeHblueil Mepe 1000 pasHbix V-
obnacteit u mopsnka 50000 pasHbix V,-o6macteit. Te m apyrue 3ateM Mortm 6k o6pasoBath 5107 KOMOGMHAIMIA, T.e. PA3HBIX AHTHIEH-CBA3BIBAIONINX
Y4acTKOB. B nomosHeHHe K 3TOMY caM 1o cebe MEXaHU3M COCAMHEHHS, KaK Mbl YBHIHM, HAMHOI'O yBEINYMBACT YHCIO KOMOMHALUH - BEPOSITHO, OoJiee 4eM B
1000 pa3. B pe3yibTare 3T0 4HCIO GyIeT 3HAYHTENHHO G0IbIIe 06mero yncaa B-mumdomuTo y Mpmm (~ 10°).

18.4.3. HeTouHoe coequHEeHHE TeHHBIX CErMEHTOB YBeJIUYHUBAET pa3HooOpa3ue V-ob.acreii [21]

I'eHHBIE CErMEHTHI, KOTOPBIE MOTYT OBITH YAaJeHBbI APYr OT APYyra Ha COTHHU ThICSAY Map HYKJICOTHIIOB, COSAUHSIOTCS, 00pa3ys (yHKIMOHAIbHbIC
HOCNICI0BATEIbHOCTH, Koaupyomue Vi- min Y,-o0mactd. Jletamn 3TOro MeXaHM3Ma HEM3BECTHBI. K KaXIOMy TICHHOMY CEIMEHTY HPHUMBIKAIOT
KOHCepBaTHBHBIe HocienoBarenbHocTd JIHK, koTopble, BeposTHO, CIyKaT ydacTKaMH y3HaBaHHS JUI1 (DEPMEHTOB CailT-creru(pHIecKOd peKOMOWHAINI
(pa3n. 5.4.7); 6maronaps 3ToMy PeKOMOWHUPYIOTCSI TOJIBKO MOAXOJUIIIKE APYT K ApYyry cerMeHThl. Hampumep, V-cerMeHT Bceraa coemuHseTcs: TOIbKO ¢ J-
i D-cermenToM, HO He ¢ ipyruM V-cermeHToM (puc. 18-33).

B GonpmmHCTBE CitydaeB caiT-crienuduueckoil pexombuHanuu coexunenue JHK ObiBaeT TOYHBIM, HO 3TO HE OTHOCHTCS K COSIMHECHHIO T'€HHBIX
CErMEeHTOB I aHTUTell. Ha KOHIaX peKOMOMHUPYIOIMX CErMEHTOB YacTO TePSETCS Pa3iIMYHOE YUCIIO HYKICOTHIOB; B ciiydae H-meneil MoxeT Taxxe
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Cynpba mpomexyrounoro ydactka JIHK mpm coemmHeHnmm [BYX TCHHBIX CErMEHTOB Ig 3aBHCHT OT OpHEHTAlMH CerMEHTOB. Ecmm
TPAaHCKPHITIMOHHAS. OPUEHTAIIMS 3THX JIBYX CEIMEHTOB OJMHAKOBa, TO mpoMexyrouHas JTHK, kak moka3aHo Ha pUCYHKE, OCBOOOXKIAETCs B BHIC KOJbLA U
oTOpackiBaeTcsl (JEICLUOHHOS COCANHCHHUE); ECIIM JKE CErMEHTBHl OPUEHTHUPOBAHBI IPOTUBOINOIOXKHO, 3Ta JJHK coxpaHsercs B NepeBepHYTOM IOJIOKEHUH
(MHBEpCHOHHOE coeauHeHNe). B O0MOXMMHUYECKOM OTHOLIEHUH MPOLIECCHl B 000MX CIIydasiX OJMHAKOBBI.

Puc. 18-33. /[Ba THna CUrHAJIOB JUISl y3HABAHMS, MCIIOJIb3YEMBIX IIPH COCANHEHHH I'€HHBIX CErMEHTOB V-00JIaCTH B ITyJIaX '€HHBIX CErMEHTOB L- n
H-neneit. 4. Jlokanusamus curuanoB. J{ns HpOCTOTHI MOKa3aHbI TOJBKO IO ABA TEHHBIX CerMeHTa Kaxaoro Tuma. CurHansl 060MX THIIOB COCTOAT U3
KOHCEPBATHBHBIX IOCIIEI0BATENIBHOCTEH (PUBEIEHHBIX BHU3Y) JUIMHOK B 7 M 9 map HykieoTHIOB (II. H.), pa3/ieJIeHHBIX HEKOHCEPBATHUBHEIM ClieHcepoM; B
onHoM ciydae (<) jumHa creficepa 21-23 m. H. (npuMepHO JBa BUTKa jBoiHoi crmpamu JIHK), B apyrom (P) 11-12 m.H. (IpUMEpHO OJMH BHTOK).
CoeuHsI0TCS TOJIBKO MOAXOSIINE APYT K APYTY T€HHBIE CETMEHTBI: 3TO IIPOUCXOANUT JIMIIb IIPU COYETAHUH «OJHOBUTKOBOTO» CIelcepa € «IBYXBUTKOBBIM»
(tax HaspiBaeMmoe mpaBmio 12/23). 5. Kak momaraioT, CUTHaNB! y3HaBaHHS B CBOIO O4epelb Y3HAIOTCS (PEPMEHTOM CalT-crienH(HIEcCKOd peKOMOUHAIUH
(pexoMOMHa30i1), KaTaTH3UPYIOLIUM COCAUHEHHUE.
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[POM30MTH BCTAaBKA OJZHOTO WM HECKOJIBKHX CIy4ailHO BBIOPAHHBIX HYKJICOTHIOB. TaKue CIydailHbIe BBINAJCHHS WM BCTAaBKH HYKJICOTHIOB B MECTax
COCAMHEHHSI CETMEHTOB B OTPOMHOI CTEIEHH YBEIMUYMBAIOT Pa3HOOOpasHe KOAMPYIOIMX V-005IacTh MOCIENOBATENbHOCTEH, 00pasylOIMXCs IyTeM
peKoMOMHALMK, 0COOCHHO B TpeThel runepBapuabenbHoil obnacTi. B nanHOM ciayuae yBenauueHHe pa3sHOoOpa3ust 0OXOAUTCS JOPOro, Tak Kak BO MHOTHX
CIly4asix OHO NPHBOAWT K CABUTY PAMKH CUATBIBAHMS U, KK CIICCTBHE, K BOSHUKHOBCHHIO He(YHKIMOHATIBFHOTO reHa. B mporecce passutus B-kieTok Takoe
«HETIPOAYKTHBHOE» COCIMHEHNE IPOUCXOIUT OUYCHB YacTO.

18.4.4. HanpaB/isieMoe aHTUT'€HOM COMATHYECKOe THIIEPMYTHPOBAHHUE OCYIECTBIIsAET TOHKYIO IOACTPOiiKy 00pa3oBaHust
aHTHTeN [22]

Ilocne nMMyHM3amUK C TEUYCHHEM BPEMEHH OOBIYHO INIPOUCXOIHUT IIOCTCHCHHOE YBEIMYEHHE CPOACTBA AHTHTEN K TOMY AHTUTCHY, KOTOPBIM
IPOBOAWIACH HMMMyHH3alMs. OTOT (EHOMEH Ha3bIBAIOT CO3PeBAHHEM CPOJACTBA, U OH OOYCJIOBICH HAKOIUICHHEM COMATHYCCKHX MyTanuid B
MIOCJICI0BATEIbHOCTAX, KOIUPYIOIUX V-00JacTH, HOCIE AHTUTEHHOW CTUMYJAMU B-mumdoruroB. D10 ObUI0 Haubosiee yOEIUTENBHO IOKAa3aHO HpPU
U3y4YEeHUH BBIPAOOTKH OJIMTOKJIOHANBHBIX aHTuTen (paszn. 18.1.6) y mHOpenHbIx Mblmied, y KoTopeix V-obmactu L-neneit mnm H-neneit xopmpyrorcst B
OCHOBHOM KaKOH-TO OJHON KOMOWHAIMeH TeHHBIX CerMeHTOB. IIOCKOINbKY HM3HAYabHO IIOCIICJOBATEIFHOCTH, KOAUpYIOmHe V-0051acTb, OIMHAKOBHI,
NPOMCXOJSIINE B HHX CO BPEMEHEM MYTAllMd MOJXKHO JIErKO OOHapyXWTh. B Takoro ponxa HCCiIeIOBaHHSAX aKTHBHPOBAaHHBIC B-KIIETKH, B3STBIC OT
UHIMBHAYAIbHBIX MBIIICH B pa3sHOE BpeMs IIOCIC MMMYHH3alUH, THOPHAM3YIOT C KIETKAMH MHEIOMBI, HE CEKPeTHUPYIONIMMH aHTHTENA; B pe3yIbTaTe
OJIyYaloT KJICTKH-THOPHIOMBI, KaXK1asi U3 KOTOPBIX IPOJYLUPYET OANH-SIMHCTBEHHBIH BUJ aHTUTEN (pas3a. 4.5.4). Otu GeccMepTHBIE KICTKHU MIPEICTaBISIOT
coboii Heorpanuuennsiii ucrounnk PHK u JIHK, xommpyronmx V-obnactu antuten. HykieHMHOBBIE KHCIOTBI MOXKHO 3aTEM CEKBEHHPOBATh U BBIIBIATH
U3MEHEHUSI B HMCXOJHBIX MOCIEAOBATEIbHOCTAX, KOAUPYIOmHMX V-001acTs. bBpio moxaszano, 4ro mocie MHOBTOPHOH HMMMYyHH3alMH B TaKHX
IIOCIIEZI0BATENIBHOCTSAX CO BPEMEHEM OBICTPO HAKAIUIMBAIOTCS TOYEYHBIE MYyTalMU. YacTOTy COMAaTHYECKHX MyTalli B 3TUX IOCIEIOBATEIHbHOCTIX
onennBaiot B 10° Ha 0j1Hy Mapy HYKJIEOTH/IOB 3a OJIHY KIIETOUHYIO TEHEPAITHIO, 4TO TIPUMEPHO B MUJLTMOH Pa3 GOJIbIIE YaCTOTHI CIOHTAHHOTO MyTHPOBAHHS B
Ipyrux resax. IToaTomy Takoif mpomecc MOJYYHI Ha3BaHHE COMATHYeCKOro rumepMyTHpoBaHus. [TomaraioT, 9To 3TOT Hpolecc HPOHCXOAUT BO BpeMs
aKTUBAIMU B-KJIETOK aHTUTEHOM ¢ IIPEeBpAIeHHEeM UX B KIICTKU NaMATH, a HE IIPU aKTHBALUK C 00pa30BaHUEM KIIETOK, CCKPETHPYIOIINX aHTHTeNa. B-xietku
HaMsITH 00pa3yloTcs IIIaBHBIM 00pa3oM B TMMGOHIHBIX (OJUTHKYIaX BTOPUYHBIX JIUM(POHIHBIX OpraHoB (cM. puc. 18-8).

Tockonbky mponudepanus B-k1eTok cTuMyIupyeTcst CBSI3bIBAHUEM aHTUICHA, JIF0Oask MPOUCXOANIAs B MPOIECCe HMMYHHOTO OTBETa MyTalus,
YBEJINYHBAIOMAs CPOACTBO MEMOPAHOCBSA3aHHOW MOJIEKYJBI aHTHTENa, OyIeT BHI3BIBATH MPENIIOUYTHTENBHYIO Hponudepanuo B-xietky, cuntesupyromeit
TaKoe aHTUTENO, 0COOCHHO TOT/IA, KOTa C TeYEHHEM BPEMEHH 0CiIe MIMMYHH3alMH KOHIICHTPALKs aHTUIeHa OyeT cHiKkaThesl. TakuMm oOpa3oM, co3peBaHue
CPOZACTBA - 3TO PE3yJIbTAT MOBTOPSIONMIMXCS LHUKIOB COMATHYECKOTO THIIEPMYTHPOBAHHMS, 32 KOTOPBHIMHU CleAyeT HalpaBisieMas aHTHICHOM CEIeKIUsI B
IpoIiecce yMOPaJILHOTO OTBETA.
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Puc. 18-34. [TocnenoBarenbHbIN BEIOOD
aKTHBUPYEMBIX TeHOB g, KOTOPBI TOJKEH
MPOMCXOJUTH B pa3BUBaoIuXcs B-kieTkax, s
TOTO YTOOBI OHH BBIPA0OTAIIM aHTUTENA TOJIBKO C
OJTHMM THUIIOM aHTHI'€H-CBSA3BIBAIOILETO YYaCTKa.
Knerka noimkHa 0To0paTh OJMH U3 YETHIPEX IYJIOB
TeHHBIX CErMEHTOB s L-1ierneit u oquH U3 AByX
ITyJIOB TEHHBIX cerMeHToB st H-neneit. B xone
Pa3BUTHS B KJIETKE-NIPEALIECTBEHHUIIE CHAaYaIa
aKTUBHPYETCs OAMH reHHbIN myn H-neneit, n ona
CTaHOBUTCS NIpe-B-KieTkoil, BEIpabaThIBaroImeH
TOJIEKO CBOOO/HBIC TSDKEJIBIC LIEIH KJlacca L.
INocne neprosa MHTEHCUBHOM NpoKpepanuy B
npe-B-KieTKe aKTUBUPYETCS OJIUH ITyJI JISTKUX
merned T ik X, ¥ OHa CTAHOBUTCS B-KIeTKOi,
BbIpabaThIBaIOLICH YHUKAIBHYIO MOJIEKyTy IgM.
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18.4.5. Coenunenne reHHbIX CETMEHTOB /ISl AHTUTE] PeryjaupyeTrcs
TaKkuM 00pa3oM, 4To oecrneynBaeT MoOHOcenupuIHOCTH B-KieTok [23]

MHoOro4uciIeHHbIE dKCIEePUMEHTANbHbIE JaHHBIE MOKAa3alu, YTO, KaK M IPEeCKa3bIBaeT
TeOpHsl KJIOHAIBHON CeNICKI[HHU, KakKaash OTAelbHas B-kieTka BbIpabaThIBaeT aHTHTENA C AaHTHTCH-
CBS3BIBAIOIMM  YYacTKOM  TONBKO  OJHOIO  THIA, T.6. B-KICTKH MoHOcneyughuunbl.
MomnocnenupuaHocTh B-KIETOK MOXET ObITh Ba)KHA IO MEHBIICH Mepe Mo ABYM mpuduuHaMm. Bo-
TIEPBEIX, €CJIH OBl KaXkIasl KJICTKa MOIJIA BEIpabaThIBaTh O0JIee OJHOrO BU/Ia aHTHI€H-CBA3BIBAIOIINX
Y4YacTKOB, TO HEKOTOpPBIE M3 HHUX MOINM OBl HPOAYLHPOBATH KaK MOJIC3HBIC AHTHTENA, TaK U
AQHTUTENA K «CBOMM» aHTUTE€HaM (AyTOAHTHUTENA); 3TO 3aTPyIHWIO Obl OTOOp Ha CHOCOOHOCTH
pearupoBaTh C TyKEPOJHBIMH AHTUTCHAMH IIPH OJHOBPEMEHHOM HOANCP)KAHHU TOJIEPAHTHOCTU K
COOCTBCHHBIM aHTHTCHAM. BO-BTOpBIX, MOHOCHEIU(UYHOCTh TapaHTHPYeT, Y4TO BCE AHTHUTEINA,
BbIpa0baThIBaeMbIC OJHOW KJICTKOM, COCTAaBICHBI U3 [BYX HICHTHYHBIX IIOJIOBHHOK M IOITOMY
cozlepkaT ABa HICHTUYHBIX AHTHUTCH-CBS3BIBAIONIMX Y4YacTKa; 1TO MO3BOJIICT CEKPETHPYEMBIM
aHTHTENaM 00pa30BEIBaTH OOIIMPHBIC CETH U3 CHIUTHIX aHTHI'€HOB, YTO CIIOCOOCTBYET dIMMUHAIIUH
anTuresa (cM. puc. 18-13).

TpeboBanne MoOHOCHEIHGHIHOCTH O3HAYAET, YTO IOIDKEH CYIMIECTBOBATH KAaKOH-TO
MeXaHH3M, Oiarozapst KOTOpOMy IIpH aKTHBAaLlMM I'€HOB Ig B mpolecce pa3BUTHS Kaxkaas B-kieTka
o0pasyeT TOJBKO OJMH TUIl Vi -00JacTell U ofuH THI V,-o0aacteil. Ilockonbky B-kierku (kak Bce
COMATHYECKHE KICTKH) AUIUIOMAHBI, KaXJas M3 HUX HMEET MICTh IIyJOB I€HHBIX CETMEHTOB,
KOJUPYIOINX aHTHTENa, J1Ba Iyna s H-nenel, mo ofHOMY OT Ka)XKIOTO U3 POIUTENCH, M YeTHIpe

nyna ais L-ueneld, no ogHomy ey OIHOMY A, OT Kaxnoro u3 poauteneil. Takum oOpaszom,
niepectpoiiku JJTHK Moriiu Obl B IPHHIMIIE TPOUCXOIUTH HE3aBUCUMO B KaxkaoM myue it H-tieneit
u g L-ueneif; B pe3yibrate cOOpKU pasHbIX I0CIEA0BATENBHOCTENH, KOAUPYOMUX V-001acTh B
Pa3HBIX ITyJaX, B OJHOH KIETKE MOIJIO ObI BHIPaOATHIBATHCS O BOCBMU PA3IHYHBIX BUIOB aHTUTEIL,
Ka)XI0€ CO CBOUM AHTUI'CH-CBSI3BIBAIONIUM YYacTKOM. B NelicTBHTENBHOCTH, OJHAKO, Kaxaas B-
KJIETKA MCIIOJIB3YeT JIMIIb JBA U3 LIECTH IYJIOB: OAMH M3 YEThIPEX IHHBIX IyJOB I L-ueneil u
onuH u3 aByx mius H-ueneit (puc. 18-34). Takum oOpa3zom, kaxnast B-kieTka g0/pKHa JenaTh BEIOOD

HE TOJIBKO MEXIY My A-mynamu Ut L-neneid, HO Taxke MKy MATEPHHCKUMHU M OTLIOBCKHMH
TEHHBIMH ITyJIaMH. DKCIPECCHSI TOJBKO MATCPHHCKOTO WM TOJNBKO OTIOBCKOTO ajieis Kakoro-
Iu00 TeHa B JAHHOH KJIETKE HAa3bIBaeTCS AJIeNIbHBIM HCKIIOYeHHeM; 3TOT (EeHOMEH, IOo-
BUIMMOMY, CBOWCTBEH TOJIbKO T'€HaM, KOAMPYIOLIIMM aHTUTeNa (M elle IeHaM, KOAMPYIOLIUM
OMM3KO poICTBeHHBIE Oenku T-KIETOYHBIX penenTopoB, cM. pasa. 18.6.1). Marepunckue u
OTIIOBCKHE ayTOCOMHBIC T'€HBI JUIS APYTHX OIKOB IKCIPECCUPYIOTCS B KIETKE MPHOIM3UTEIHHO
OJINHAKOBO.

MexaHU3MBI aJUICNIBHOTO HCKIIOYEHHS! U BEIOOpa o A-L-memeii B xoze pa3Butust B-xierox
HesCHBL. VIMeroluecs JaHHbIE NO3BOJIAIOT IPEANONAraTh, YTO 9TO MPOUCXOAUT IMyTEM PEerysAaliHu
nepectpoiiku JIHK no nmpuHummy oOGpaTHOW cBs3u: BUAMMO, (YHKIMOHAIBHAS NEPECTPOiKa B
OJHOM IIyJle T'€HHBIX CETMEHTOB IOJABIIAET INEPECTPOMKU B OCTAIbHBIX IyJaX, KOAUPYHOLIUX
MOJMIENTUAHYIO LEMb TOro xke Tura. HekoTopsle U3 TakuX JaHHBIX IOJIyYEeHbI B 3KCIIEPUMEHTAX, B
KOTOPBIX yXe COOpaHHbIe paHee KIOHHPOBAaHHBIC I'€Hbl HHBEIUPOBAIH B SIPO OIIOJOTBOPEHHOM
SIAIEKIICTKU MBIIIH. B pe3ysbrate noiydarrcs mpanceenHvie mviwiu (pa3a. 5.6.10), y KOTOpbIX BO
BCeX JUM(OLMTAX COACPIKUTCS epecTpOeHHbIH red. Hanpumep, B kioHaX B-Ki1eTok, BbIIEICHHBIX
W3 TPAHCTEHHBIX MBIIIEH C MEPEecTPOCHHBIM IeHOM L-1enu, mepecTpoiika IHIOTCHHBIX reHoB L-
LeTH OOBIYHO OKa3bIBASTCSI OAaBIEHHON. AHAJIOTHYHO, BBE/ICHNUE IIEPECTPOCHHOTO TeHa L 0OBITHO
MOJIaBIISET NEPECTPONKY SHIAOreHHbIX reHoB H-nienu.
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C6opxa MocIenoBaTeNbHOCTEH, KOAUPYIOMUX V-0071acTh, B pa3BHBAIOMICHCS B-KileTke MpOUCXOMUT, O-BUAUMOMY, B CTPOTOM MOPSAKE, HAUWHAS
¢ myna puist H-iienw 1 ¢ marom B oxuH cermeHT. CHavasa Ha 00€HX POJUTENbCKUX XpOMOcoMax D-cerMeHThl 00beUHSIOTCS € J,-CerMEHTaMH. 3aTeM B OIHOM
U3 3TUX XPOMOCOM IPOMUCXOAUT coenuHeHue Vy ¢ DJy. Ecnm Takas mepectpoiika naer (yHKIMOHAIBHBIA I'€H, MOCICAYIOUMHA CHHTE3 INMOJHOW W-LETH
(xoTopasi Bceraa obpasyercs nepBoi u3 H-1eneii) BBIKIIIOYACT JAbHEHIINE HEPECTPONHKH T'€HHBIX CErMEHTOB, KOMUPYIOINX V,-00J1acTh, U MOJAET CUTHAI

UL BKIIoYeHHs nepectpoek Vi. CHauanga OpoHCXOIUT coefnuHenue Vi ¢ Ji B M -IlyJIe TEHHBIX CETMEHTOB. ECIM OHO HEeyHauHO, MepecTpanBacTcs Apyron

M “-mys1. Ecii 1 9Ta nepecTpoiika OKashIBAETCs HEYAA4HOM, IIPOMCXOAUT 00bEAMHEHHE B OJHOM, @ 3aTeM U B ApyroM A-myse. HakoHel, eciii Bce-Taku Ha
KaKOM-JIH0O 3Tale MPOMCXOAUT yHauHOE COSAMHEHHE U oOpasyrorcsa L-memnu, To oHU OOBEIHHSIOTCS C MPEUICCTBYIONIMMHU |-IIEIAMH MOJEKYJbl aHTHTET
IgM, KOTOpBIE BBIKIIIOYAIOT AANBHEHIIYI0 COOPKY MOCIIEI0BATEIBHOCTEH, KOMUPYIOIIUX 001acTh V.

Jl1st TOro 4ToObl BHIKJIIOYHUTH JAIBHEHIIYI0 COOPKY HOCIE0BATEIBHOCTEH, KOMUPYIOIUX Vi, JOCTaTOYHO, BUIUMO, 00pa30BaHUs MHTAKTHOH |-
uenu. OIHAKO VIS TOTrO, 4TOObI OCTAHOBUTH COOPKY IOCIIENOBATEIbHOCTEH, KOAUPYIOIMX Vi, TpeOyercs, BEpPOSTHO, NOCTPOCHUE IIOJIHON MOJIEKYJIbI
anturena. Eciu pasBuBatomieiicss B-kiieTke He ynmaercst coOparh (YHKIMOHAIIBHBIC MOCIEAOBATEILHOCTH, KOAUPYIOUINE KaKk Vy-, Tak U V -00JacTH, OHA
OKa3bIBACTCSI HECIIOCOOHOI BHIPaOAThIBATh MOJICKYJIBI aHTHTEN U, BEPOSTHO, IOrU0aeT.

XO0Ts HUKaKuX OMOJOTMYECKUX PA3INYUi MEXAY JIETKHMH HemsiMH  #=" 1 A He ObUI0 0OHAPY)KEHO, HATMYHKE [BYX OTACIBHBIX ITyJIOB IEHHBIX
CErMEHTOB, KOAMPYIOLIMX L-11enH, SBHO UMEET CMBICI: OHO YBEJIMYMBAET BEPOSATHOCTh TOTO, UTO Ipe-B-KkieTka, ycneuHo codpasiuas Mociae10BaTelbHOCTb,
KOJMPYIOILYIO Vy, YCIEIIHO COOEPET TakxkKe U MOCIEeJ0BAaTEeNbHOCTD A1l Vi U IIpeBpaTHTCs B B-kieTky.

18.4.6. IlepexnoueHue cHHTe3a ¢ MeMOPAHOCBSA3AHHOW Ha ceKpeTHPYeMYIo opMYy OIHOTO U TOTO Ke aHTHUTe a
npoucxoauT nmytem usMmeHenuss PHK-rpanckpunTos s H-uenu [24]

PaccMOTpeB reHeTHYECKHE MEXaHU3MBI, OT KOTOPBIX 3aBHCHT CTPYKTYpa aHTHIC€H-CBS3BIBAIOIIEIO YYacTKa, MbI IIepeieM Terneph K MeXaHu3Mam,
OINPEEIAIONM OMOJOrNYECKHE CBOMCTBA aHTHTENA, T.€. THI KOHCTAHTHOH oOylacTH Tspkenod uenu. Ecnu cienaHHbIl OHaXbI BBIOOP ONpEEIeHHbIX
TCHHBIX CETMEHTOB Ul KOJMPOBAHUSI AHTHTCH-CBA3BIBAIOIICTO YYACTKA SBISIETCS OKOHYATENBHBIM W ISl CaMoil B-KIETKH, ¥ i e MOTOMKOB, TO THII
cunTe3upyeMoii C,-001acT M3MEHsIETCsl B Ipoliecce pa3BUTUs B-kiieTok. MI3MeHEeHUs: MOTYT OBITh JIByX THIIOB: IIEPEX0J OT MEMOPaHOCBSI3aHHOH (HOPMBI K
cekpeTupyemoit hopme oaHO#t 1 Toi ke Cy-00IacT 1 M3MEHEHHE Ki1acca 3TOH 001acTu.

AHTHTEa BCEX KIIACCOB MOTYT CHHTE3HPOBATHCS KaK B MCMOPAHOCBSI3aHHOM, TAK M B PACTBOPHMOIL, CEKpeTHpyeMoii hopme. MeMOpaHOCBsI3aHHAS
(opMa CIIy)KHT peLenTopoM JUls aHTUI€Ha Ha MOBEPXHOCTH B-kierok. PactBopumas ¢opma BbpabaThIBacTCs TOJBKO IOCIE TOrO, Kak KIETKa OyaeT
CTUMYJIMPOBaHA AHTHICHOM M IOJDKHA OYAET CEKpeTHpOBaTh aHTHTENa. J[Be (HOpMBI aHTHTEN pPA3NUYaloTCs TONbKO C-KOHLEBBIM ydacTkoM H-mermu:
HampuMep, y MeMOpaHOCBsI3aHHBIX MOJeKyl [gM H-mens okanunBaetcst ruapoGoOHBIM yUACTKOM, 3aKPEILIIONIMM €€ B JIUIAIHOM OUCIIOE TUIa3MaTHYECKOM
MeMOpaHbl B-kietku, Torna kak y H-umeneil cekperupyeMsix Mosiekysn IgM umeercs BMECTO 3TOro ruapoduiibHblii C-KOHEI, MO3BOJISIOMINI MOJICKYIaM
BBIXOJUTD U3 KIIeTKH. CrIoCOOHOCTh B-KiTeTKH Mpou3BOIUTh
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Puc. 18-35. [Ipu akTuBaLMK aHTUTEHOM B-KileTKa nepekiroyaeTcs ¢ CHHTe3a aHTHTE, CBS3aHHBIX C IIa3MaTHYECKOW MeMOpaHoii, Ha BRIpaOOTKY
ceKpeTHpyeMoi (popMBI TeX ke aHTHTEN IyTeM H3MeHeHHs obpa3yromuxcs B kieTke MPHK st H-nerm. Ipeamnonaraiot, 4To 3T0 00yCIOBICHO H3MEHEHHEM
crniocoba pacuierienus nepBuaHbix PHK-TpanckpunTo s H-nenu 1 ux 3'-koHieBoro nonnaaenunuposanust. JIse gpopmsr H-nieru pasnudarores Toapko C-
KOHILICBO# 00J1acThIO: MeMOpaHOoCBsi3aHHas (hopMa umeeT ruapoOOHBIN «XBOCT», YACPKUBAIOIINIA ee B MeMOpaHe, TOra Kak y CEKpeTHpyeMor GpopMbI 3TOT

XBOCT T'UApOHIBHBIN, YTO MO3BOISIET €if BBIATH U3 KiIeTKH. JUTHHHBI nonnaaeHumposannblii PHK-Tpanckpunr, onpenensionumii MeMOpaHOCBS3aHHYIO
dopmy H-1ienu, umeeT JOHOPHBIN M aKLIENTOPHbINH CalThI CIIAHCHHTA, YTO JAAeT BOZMOXKHOCTD YAAIUTh nocienosatensHocts PHK, kopupyromtyo
THAPO(UIBHBINA XBOCT CEKpeTUpyeMoil GopMbL. B oTinuune ot 3T0Oro KOpoTKuii monuaaeHunpoBansbiii PHK-Tpanckpunt, onpenesnsomuii ceKpeTupyemMmyto
(hopMy, IMeeT TOJIBKO TOHOPHBIH CalfT cIIaiiciHra; mostoMy nocienosarenbHocts PHK, koTopas oOpasyercs B pe3yibTaTe IIepeKpECTHOTO pa3phiBa-
BOCCOCIMHEHUS, HE MOXKET OBITh yJaJIeHa.

W-LETH ¢ KOHCTAHTHBIMH O0JIACTSIMU JIBYX Pa3JIMYHBIX TUIIOB CHaYala Ka3alach MapaJoKCalbHOU, TaK KaK B-KiIeTKa CONEPIKUT JIMIIb OJHY KOIUI IE€HHOTO
cermenTa C, Ha raruIOWIHBIH T'€HOM U HCIIOJIb3YyeT NP BBIPAOOTKE aHTUTEI TOJIBKO OJMH U3 MMEIOIINXCS ABYX FeHHbIX IynoB mis H-neneit. [Tapagoxe Obut
paspeleH, Korjaa BbISCHHIOCH, YTO aKTHBALUS B-KJIETOK aHTUI€HOM MPHUBOJHUT K U3MEHEHHUIO criocoba npoueccurra PHK-TpaHCKpunTOB AMIs [-LIenHu B sApe,
Kak noka3ano Ha puc. 18-35 (cMm. taxxke pasa. 10.4.5). B nepexirodeHur ¢ MEMOPaHOCBSI3aHHOW Ha CEKPETUPYEeMYH (OpMY aHTHTEN APYTHUX KIIacCOB
Y4acTBYET CXOJHbIH MEXaHHU3M.

18.4.7. B-KkJIeTKH MOTYT MEPEKJIIYATHCS ¢ BLIPAOOTKH O/THOT'0 KJIacca aHTUTEJ Ha BHIPAGOTKY aApyroro [25]

B xozme cBoero pa3BUTHS MHOTHE B-KIeTKH MepeKmodaloTcs ¢ BBIPAOOTKM aHTHTEN OJHOTO KiIacca Ha BBIPAOOTKY aHTHTEN APYTHX KIACCOB -
Ipoliece, Ha3bIBaeMblil MepeK/IIouYeHneM Kiacca. Bee B-kieTkn HaYMHAIOT CBOIO ASSTEIBHOCTD 0 CHHTE3Y aHTHTEN C BBIPAOOTKH MOJeKyn IgM, kotopsie
BCTPaHBAIOTCA B IUIA3MaTHYECKYIO MEMOpaHy U CIIy’KaT pelleNTopaMy [UIs aHTUIeHa. 3aTeM, elle 10 B3aUMOAEHCTBUs ¢ aHTUTeHOM, OoJbIlas yacTh B-kineTok
HEePeXOAUT K OJHOBPEMEHHOMY CHHTe3y Monekyn IgM m IgD, mcmomp3yeMbIXx Kak MeMOpaHOCBSA3aHHBIE AHTUTCHHBIE peuenTopsl. Ilpu cTuMymsinun
AQHTHI'CHOM HEKOTOpBIe M3 3TUX KJIETOK aKTHBHPYIOTCS M HaYMHAIOT BBLIEIATH aHTHTeNna IgM, mpeobnajaromiye B NEPBHYHOM I'yMOPAJIBLHOM OTBeTe (pasf.
18.2.5). [lpyrue cTHUMY/NMpPOBAHHbIE AHTHI'CHOM KIETKU NEPEKIIIOYAIOTCS Ha BHIPAOOTKY aHTuTen KiaccoB IgG, IgE umm IgA; KieTkM mamsTu HecyT 3TH
aHTUTENIa Ha CBOCH MOBEPXHOCTH (YacTo OAHOBpeMeHHO ¢ IgM), a akTuBHBIE B-KkieTku ux cexperupyror. Monekynbsl 1gG, IgE u IgA B coBokymHOCTH
HA3bIBAIOT AHTUTENIAMH GMOPUYHBIX KIACCOB, TaK KAaK OHH, IO-BUANMOMY, OOpa3yloTCsi TOJNBKO IIOCIE AHTUTCHHOW CTHMYJSIIUH U Ipeo0liagaloT BO
BTOPHYHBIX I'YMOPAJIbHBIX OTBETAX.

Knacc anTtuTen omnpenensercs KOHCTaHTHOM oOnacteio ux H-uemum (pasa. 18.3.3). Ilostomy cmocoOHOCT B-kieTok HW3MEHSTH Kiacc
BbIpa0aThIBACMBIX aHTHTEN 0€3 H3MEHEHHsI aHTUTCH-CB3BIBAIONIET0 yYacTKa 03HAYaeT, 9TO OJ(HA H Ta K€ COOpaHHas OCIEN0BaTEIbHOCTh, KOAUPYIOmas V-
00J1aCTh, MOJKET B Pa3HOE BPeMs aCCOLMUPOBATHCS C Pa3HBIMU T'€HHBIMU
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Puc. 18-36. B B-kierkax, BbIpaOaTBIBAIOMIMX OJHOBPEMEHHO MEMOpPaHOCBSYAaHHbIC
anturena IgM u IgD ¢ ogHUMM M TEeMM JK€ AHTUICHCBSI3BIBAIOLIMMHU Yy4YacCTKaMH,
cunresupytorces anuanasie PHK-tpanckpuntsl, comepxamme kak C,, Tak u Co-
nocyieoBaTebHOCTH. Takue TPaHCKPUNTBHI IIOABEPraroTCsA CIUIAHCHHTY — ABYMs
criocobamu, NPUBOAIIMMU K o0pa3zoBanuio Mosiekyl MPHK, y koTopbix onHa 1 Ta xe
V,-TocnenoBaTeabHOCTh coenuHeHa nubo ¢ C,, mubo ¢ C3-mocienoBaTebHOCTHIO.
Bo3mosxno, uto PHK-TpaHCKpHIITEL, CHHTE3UpYEMBIE B TAKHX KIICTKAX, ele JUIMHHEE 1
coziepikar Bce pasaudnble C,-110CcIeJ0BaTENbHOCTH.
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cermerTamu it C,. Drta cnocobHOCTh B-KileTok MMeeT BaxkHbI QyHKIIMOHAIBHBINA CMBICI: Onarojaps el ONpe/elIeHHbI aHTUI€H-CBS3bIBAIONINN y4acToK,
OTOOpaHHBIH aHTUTCHAMH OKpPYIXKAIOIIEH Cpelbl, MOXKET y JaHHOH 0cOOH OBITH paclpeieNieH MEeXIY BCEMH KJIACCaMH MMMYHOTTIOOYIHHOB U MOXET, TAKUM
006pa3oM, IpHoOPECTH Bce OMOTOrNYECKHE CBOICTBA, XapaKTEPHBIE Il KaXKJ0TO U3 KJIACCOB.

Iepexmouenne Kjacca NPOMCXOAUT C MOMOLIBIO JIBYX Pa3IMYHBIX MOJEKYJSpHBIX MexaHum3moB. Korzna BuprunbHas B-kneTka mepexoauT ot
BBIPA0OTKH OJTHOTO JIMIIb MEMOpaHOCBS3aHHOrO IgM K OJJHOBpEMEHHOMY CHUHTE3Yy MeMOpaHocBsi3aHHbIX 1gM 1 IgD, nepekitoueHre mpoucxXouT, BEPOSTHO,
Omaromaps m3meHeHuio mporeccunra PHK. Kimerku npomymupyror mauuHBe nepBuunble PHK-TpaHcKpunThl, conepiaiiye Hapsigy ¢ COOpaHHOI
nocyeioBaTeNbHOCThI0  Vy-o0mactn kak C,-, Tak nm Cs-mocienoBaTenbHOCTH. 3aTeM Onarojaps albTEPHATUBHOMY CIUIAfICHHIY 3THX TPaHCKPHUIITOB
obpa3zyrorcs Monekynsl IgM u IgD (puc. 18-36). ITo-Buaumomy, TOT k€ MEXaHHU3M JICHCTBYET IPH MEPEKITIOYCHUH Ha Ipyrue KIacchl MeMOPaHOCBSI3aHHbIX 1g,
KOT'Jla BUPTHJIGHBIE B-KICTKH CTUMYIHPYIOTCS aHTHT€HOM M CO3PEBAIOT B KICTKH IIAMSTH, Hecymue Ha cBoeil mosepxHoctu I1gG, IgE mmm IgA B xadectse
PELENTOPOB /Il AHTUTEHA.

Io-nHOMY HPOMCXOOWT TEPMHUHAIBHOE CO3pDEBAHHE AKTUBHOM B-KIeTKH, ceKpeTupylomell aHTHUTeNa ONHOTO M3 BTOPUYHBIX KIACCOB: OHO
COIIPOBOJKJIAETCS HEoOpaTHMBIM n3MeHeHneM Ha ypoBHe JIHK - mpomeccom, KOTOpblii Ha3bIBAIOT pekombuHayuell nepexnwoderus. 1Ipu 3ToM TPOUCXOANUT
BhINafieHue BceX C,-CerMEHTOB «CBEpXy» (T. €. ¢ 5'-CTOPOHBI 110 KOAUPYIOLIEH L) OT ONPENEICHHOI0 CErMEeHTa, NPEeJHA3HAUYCHHOTO JUIs SKCIIPECCHHU B
kiaerke (puc. 18-37). JlokazaTenbCTBO TOTO, YTO STOT ATAN MEPEKIIOYEHH Kiiacca cBs3aH ¢ genenueid JJHK, ObU10 moy4eHO B ONBITAaX ¢ KIETKAMH MUEIIOMBI:
OKa3zaJock, 94TO KIETKH, cekperupytomme 1gG, ne conepxar JJHK, xomupyromeit C,- u Cs-o0macth, a KieTky, cekperupyromue IgA, e conepxkar JHK st
C-ob6nactn H-1eneit Bcex ocTalIbHBIX KJIACCOB.
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Puc. 18-37. Ilpumep nepecrpoiiku JTHK, npoucxosmeii npu «nepekirouenun» C,-obnacreit. Korga B-knerka, BeipabatbiBatomas antutesna IgM ¢ ydactuem
coOpaHHO¥ NocIeR0BaTeIbHOCTH VD.J, CTUMYIHpYeTCsl aHTHICHOM M CO3PEBAET B KIIETKY, CEKPETUPYIOLIYIO aHTHTeNa [gA, MPOUCXOIUT yaaleHUe yyacTKa
JTHK mexny nocienoBareibHOCTbIO VDJ 1 reHHBIM cerMeHToM C,. Crienuduimyeckue yuactku JJHK (nepexnrouarowue nocredosamenvrnocmu, mokasasbl

I[BETHBIMH KPY>KKaMH), PAaCIIOJIOXKEHHBIE «BBIIIE» Kaxaoro C,-cerMenTa (3a uckmouenueM C;), peKOMOUHUPYIOT IPYT C APYTOM, U B pe3yJIbTaTe
npomexyTounslii yuactok JHK ynansercs.



252

18.4.8. UauoTonbl MoJIEKYJI AHTUTEJ CJIY’KAT OCHOBOI MMMYHOJIOrHYecKoii ceTu [26]

AHTHTENa HE TOJBKO 3alIUINAIOT OPraHW3M OT MH(EKIWH, HO U UrpaloT BaXKHYIO POJb B PETYJIIUH CaMUX UMMYHHBIX OTBeTOB. OKOHUYaHHE
I'yMOpPJIHOI'O OTBETa HA aHTUTCH OBIBAaE€T OTYACTH OOYCIOBIECHO CBS3BIBAHMEM CEKPETHPYEMBIX aHTHTEN C AHTHI'€HOM, KOTOPBIH B pe3yibTaTe HE MOXKET
IPHCOETUHATBCA K perentopaM B-kierok, mostoMy crumymsnus B-knerok mpekpamaercs. Hapsay ¢ TakuMm IpOCThIM MHTMOUPOBAHUEM IO TUILy 0OpaTHOM
CBSI3M aHTHTEIa MOTYT YJacTBOBaTh U B 00Jiee TOHKOM MEXaHH3ME PEryJISIUH IMMYHHUTETa, BEICTYIIas KaK 9acTh CIOKHOH HMMYHOJIOTHYECKO CeTH.

VIMMyHOTJI00YIMHBI CAMH MOT'YT IeHCTBOBATh KaK aHTHI'€HBI, 1 MOXKHO IIOJyYHTh aHTHTENA, KOTOPbIe OyAyT y3HABATh AHTHI'€HHBIC IETEPMHUHAHTHI
KaK KOHCTaHTHBIX, TaK M BapualeNIbHbIX y4YacTKOB Leneil Ig. AHTUreHHble J€TepPMHHAHTBHI (3MUTONBI) BapuabenbHbIX obmacted L- u H-ueneid,
PAacIONIOKEHHBIC HA aHTUTCH-CBSI3BIBAIOIIEM yYacTKe aHTUTENa, Ha3blBaroTCs manoronamu (puc. 18-38). Kaxplil crienuduueckuii aHTHI€H-CBA3bIBAOIIMN
Y4YacTOK MMeeT CBOH XapaKTepHbIil HabOp MIMOTOIIOB, IIOITOMY y )KHBOTHOI'O, 00JIaJAlOIIEr0 MHUTHOHAMH PA3JIMYHBIX aHTHICH-CBS3BIBAIOIIMX yYaCTKOB,
OyIyT TakKe MUJUIHOHBI PA3IMYHBIX MAUOTONOB. IIOCKONBKY B OpraHu3Me KaxKIbli OTAENbHBIH HIMOTON IIPUCYTCTBYET B OUYEHb MAJIOM KOJIHYECTBE,
JKHBOTHOE HE TOJEPAHTHO K CBOMM COOCTBEHHBIM HJHMOTOIAM, H €CIM €r0 HAUICKAIINM 00pa3oM HMMYHH3HPOBATh KaKHM-THOO U3 €ro COOCTBEHHBIX
AHTHTEJ, OPraHU3M JKMBOTHOTO Oyner nasath U T-, 1 B-Ki1eToYHbIC NMMYHHBIE OTBETEL.

MOoXHO 0XHIaTh, YTO JXKMBOTHOE, MMMYHH3HPOBAaHHOE aHTHIeHOM A, OyneT cHauyaia BbIpabaThIBaTh OOJNBIIHE
KOJIMYECTBA AHTUTCI K A, 3aTCM AQHTHUTCIIA K HWIAHOTOIIAaM J3THX AHTUTEI K A, a 3aT€éM B CBOIO OYEpEAb AHTHUTEIA K
AHTHAIUOTOITMIECKAM aHTUTeNlaM H T. 1. JIeWCTBUTENhHO, TaKOM THI peakiuid, MAlOUMiA «CETh» aHTUTEN, ObLI
MMPOAEMOHCTPHUPOBAH ITPHU HEKOTOPBIX UMMYHHBIX OTBETaX, OTHAKO €r0 pOJib B UMMYHOPETYJIAINNU OCTACTCA HESICHOM.

Kax Mbl yBHANM 11033Ke, perientopbl T-KIeTOK HMEIOT MHOTO 00IIero ¢ MeMOpaHOCBs3aHHBIMH aHTHTEIAMHU: OHH CYLECTBYIOT B MIJUTMOHAX (opM,
Kax[Jas U3 KOTOPBIX UMEET CBOW COOCTBEHHBII aHTUI'CH-CBA3BIBAIOILUM y4acTOK U Habop uanoronos. [To-BUaMMOMY, B OpraHM3Me >KUBOTHOTO COJCPKATCS
Kak aHTUTeJNa, TaKk U T-KIeToYHbIe PelenTopsl, y3HAomMuUe OONBIIYI0 YacTh COOCTBEHHBIX UIMOTONOB opranu3Ma. [Ipu 9ToM B cpeqHeM, BEpOSTHO, aHTUTCH-
CBSI3BIBAIOIIMH yJacTOK y3HAET IO MEHBIIEH Mepe OJMH HUIMOTON COOCTBEHHOH MMMYHHOH cHcTeMbl opraHu3Ma. TakuMm o0pa3oM, aHTUICH-CBSI3bIBAIOLINC
Y4aCTKU UMMYHHOH CHCTEMBI OTEHLHATBHO OOBEJUHEHBI B CIIOXKHYIO CETh B3aUMOJCHCTBUH aHTHHAMOTONOB (puc. 18-39). [Tono6Ho HelipoHaM B HEPBHOU
CHCTEMe, MHOTHUE JINM(OIUTEL, BO3MOXHO, B

Wawoton Wawoton WanoTon

' g F o N Fa \\

Vi | Vi Vi Vi Vi

Puc. 18-38. Manoron npeacrasisier co00i aHTUTCHHYIO JETEPMUHAHTY MOJICKYJIbI aHTHTEJIA, HAXOMSIIYIOCS B aHTHTCH-CBS3bIBAIOIIEM yYACTKE WIIH OKOJIO
Hero. OH MoeT ObITh 00pa3oBaH 001acTbhio Vi, 061acThio Vi, win o6enmu obnacTsamu. Kaskaplil U3 pa3IMIHbIX aHTUTCH-CBS3bIBAIOIIUX yYaCTKOB HMEET
CBOM COOCTBEHHBII yHUKaAJIbHBIH HA0Op UAMOTOIOB, KOTOPBII COCTABIISACT ero uduomun. VianoTons! aCCOLMUPOBAHbI TAKKE U C AHTUI'€H-CBSA3bIBAIOLIUMH

y4acTkaMu T-KIE€TOYHBIX PELEITOPOB.
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Puc. 18-39. OrtmenpHblii  JTUMPOUUT  MOXKET  OBITH
(YHKIMOHAIIBHO CBSI3aH C JPYTMMH JHUMGOLHMTAMU Yepe3
B3aUMOJICHCTBUSA MIMOTOIN - aHTUMIMOTON. Pasmepsl Takoit
HUAMOTOIMYECKON CEeTH B NMPHUHILUIIE MOTYT ObITh OrPOMHBIMH,
TaKk KaK KaKAbld JTUMQOIUT, B3aUMOACHCTBYIOIIUMA, Kak
[0Ka3aHO Ha pPHCYHKE, C aHTH-A-ITUM(OLUTOM, MOXKET
CXOJHBIM 00pa30M pearupoBaTh U C APYrUMH JUMPOLUTAMHU.
IToka He SICHO, HACKOIBKO B3aUMOJICHCTBUS
AHTUMJUOTOIMYECKOr0  THUNA  BAXHBl A PEryssaluu
HMMMYHHBIX OTBETOB.
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GoJbICH CTENeHN B3aUMOJCHCTBYIOT JAPYT C JAPYrOM, 4eM C OKPYXKAIOIIUM MHPOM, M
TOr/la UMMYHHBIH OTBET MOXHO ObLIO OBl paccMaTpuBaTh HE KaK OTBET HE3aBMCHMBIX
pearupylomux ¢ aHTHTGHOM IHMM(OIWTOB, a KaKk peBepOepHpylomiee BO3MYIICHHE
HMMYHOJIOTHUYECKOH CeTH.

3akjaouenne

Anmumena cunmesupylomcs npu y4acmuu mpex nyjlo8 2eHHbIX Ce2MeHMO8,
KoOupyrowux coomeemcmeenno ***-, \- u H-yenu. B xajcoom nyie omoeivHvle 2eHHble
cezmenmyl, KoOupylowue pasnvie uyacmu eapuabenvuvix obracmeti L u u H-yeneil,
COeOuHsIIOmCest  nymeM  catm-cneyuguueckol — pekomMbuHayuu 6  npoyecce
ouppgpepenyuposku B-knemox. Ilynvt onsi L-yeneil codepycam 0OuH uiu HECKOIbKO
xonemanmmwix (C) cennvix ceemenmog u nabopul sapuabenvhvix (V) u coeounumenvhvix
(J) cennvix ceemenmos. Ilyn ons H-yeneii cooepacum nabop C-ceemenmos u nabopwvl V-,
D- u J-ceamenmos. [Jna mozo umodvl cunmesuposanach MoieKyid aHmumend, HylcHo,
umooul Vi-ceemenm — mpucoedununcs — k  Ji-ceemenmy ¢ obpazoganuem
nocneoosamenvhocmu JJHK, xooupyioweil V-obnacme neckou yenu, a V,-cecmenm
coedununcs ¢ D- u J,-ceemenmamu ¢ obpazosanuem ompeska JHK, xooupyrowezo V-
obnacmv  msaxcenon  yenu. Kadcowli U3 COOPAHHBIX  2EHHBIX — CE2MEHMO8
KOMPAHCKpUbUpyemesi 3amem emecme ¢ coomeemcmayiowetl nocieoosamensiocmoito C-
obnacmu, umo Oaem monekyry MPHK, Kkooupylowylo 6cio nOIunenmuoHylo yens.
Kombunupys pasnuunsim o6pazom ynacie0o8antvle 2ennvle ceemenmyl, Kooupylowue Vy,
u V,-o6nacmu, no3eonounvie mMocym 6vlpabamvleams muicauu pasnuunvlx L-yeneil u
molcsuu  paziuunvix  H-yeneil, komopuvie mozym o06wveounamocsi ¢ 06pazoeaniuem
MUTTUOHO8  PA3HBIX  AHMUSEH-CEAZBIGAIOWUX  YUACIKO8. Dmo uucio ewje 6Oomvuie
VeeIuuueaemcs 8 pesyibmame GbINAOCHUs U 6CMAGKU HYKIEOMUOO8 6 npoyecce
COCOUHEHUsSI  2CeHHBIX ~CE2MEHMO8 U 6 Ppe3Vibmam  COMAMUYEcKUX Mymayuil,
NPOUCXOOAUUX 8 DMUX CE2MEHMAX C O4eHb bICOKOU YACMOMOU 6Cled 3a AHMUSEHHOU
cmumynayuetl.

Bce B-knemxku enauane svipabamuieaiom anmumena IgM. Hexomopwie 3amem
obpazylom anmumena Opyeux Kiaccos, umelowue, O0OHAKO, MOM Jice aHmueeH-
CA3BIBAIOWULL YUACMOK, Ymo U ucxoonvie anmumena IgM. Takoe nepexniouenue xiacca
no36oisiem OOHUM U MeM Jice AHMU2EH-CEA3bIBAIOWUL VUACTIKAM PACHpeOensimbCsl
MeAHCOY AHMUMENAMU C PATULHBIMU OUOTOSUYECKUMU CEOUCIBAMIU.

18.5. Cucrema KoMILIEMEHTA

KoMmiieMeHT, NOJIy4MBIIMI CBOE Ha3BaHME Ojarogaps TOMY, YTO OH
Komniemenmupyem (TOMONHAET) U yCHINBACT ACHCTBUE aHTHTEIN, IPEACTABISIET COOOM
IJIABHOE OPYJIHe, ¢ IIOMOIIBI0 KOTOPOTO aHTUTENA 3alIUIIAI0T OPraHu3M II03BOHOYHOTO
oT OonbmMHCTBA OakTepuanbHbiX HHObekiuuid. OH mpencraBiser coOol  cHCTEMY
CBHIBOPOTOYHBIX OEJIKOB, KOTOpBIE MOTYT AKTHBHPOBATHCS KOMIUIGKCAMH aHTUICH-
AQHTHTEIO WIM MHKPOOPTaHM3MaMH M IIpeTepIeBaTh KacKaj IIPOTEOMTHIECKHX
peaKiyif, KOHEYHBI pe3yJIbTaT KOTOPOro - CcOOpKa KOMNIEKCO8, amakylouux
Membpanel. Takue KOMIUICKCHI MPOACIBIBAIOT B MEMOpaHe MHKPOOPTraHU3Ma OTBEPCTHS,
TeM caMbIM yOuBas ero. B To ke BpemMs IpOTEOIMTHYECKHE (PparMeHTsI,
0cBOoOOJK/JaeMbIE B TIpoOIiecce
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aKTUBAINY, YCHINBAIOT 3aI[UTHYIO PEAKIHIO ITyTeM PACIIMPEHHS KPOBEHOCHBIX COCYHOB U MpHUBICUYCHUS (AaromuUTHPYIOMMX KIETOK K MeCcTaM HMH(EKIHH.
Kpome Toro, KOMIIIEMEHT MOBBILIACT CIOCOOHOCTE (PAaroLUTHPYIOIINX KICTOK CBA3BIBATD, IOIJIOIATH U pa3pyllaTh aTaKyeMble HIMH MUKPOOPIaHU3MBL.

Jlnna ¢ HeAOCTATOYHOCTBIO OJHOTO M3 IIABHBIX KOMIOHEHTOB KoMIuieMeHTa (C3) mosBepKeHbl 4acThiM OaKTEepHaTbHbIM MHMCKIUSIM, TOUHO TaK
JKe KaK U JMIA C HeJOCTATOUYHOCTHIO CAMUX AHTUTEN. Y KOMIIIEMEHT-Ae(HIUTHBIX HHAUBHIYYMOB BO3MOXHBI TakKe OOJE3HH, CBSI3aHHBIC C OCAKACHHEM
NMMYHHBIX KOMIUICKCOB (KOMIUIEKCOB aHTHICH-aHTHTENO) B HEOONBLINX KPOBEHOCHBIX COCYJax KOXKH, CYCTaBOB, IIOYEK M MO3ra, A€ 3TH KOMILICKCHI
BBI3BIBAIOT BOCNAJICHHE U pa3pylieHue TKaHU. [103ToMy MOXKHO AyMaTh, YTO KOMIUIEMEHT B HOPME CIIOCOOCTBYET PACTBOPEHHIO TAKMX KOMILIEKCOB, KOTJa
OHH 00pa3yIoTCs B IPOLECCE IMMYHHOTO OTBETA.

18.5.1. AKTHBaLMA KOMILIEMEHTA NMpeJcTaBJisieT co00H YCWINTEIbHbII MeXaHu3M B (popMe Kackaja
NPOTEOTNTHYECKUX PeaKIHii; HeHTPAJbHYI0 POJib HIPaeT paciueneHue oeaka C3 [27]

Kommnement cocrout npumepHo u3 20 B3aNMOAEHCTBYIOIMX OEJIKOB; YacTh U3 HUX - pearupyomue komnoneHnTsl (C1-C9, ¢paxrop B u daxrop D),
a ocTaJlbHbIE - peryisTopHbie. Bee 3To pactBopumslie 6enkn. OHE 00pa3ylOTCs IIaBHBIM 00pa3oM B MEYEHH M HUPKYJIHPYIOT B KPOBU U TKAHEBOH XKHIKOCTH.
BoBIIMHCTBO U3 HUX HEAKTHBHO JI0 TEX IOp, OKa He OyIeT NpHBEICHO B JIeHCTBHE THO0 HEMOCPEACTBEHHO BHEIPUBIINMCS MHKPOOPTaHU3MOM, JIH00 uepes
MOCPEACTBO UMMYHHOTO 0TBeTa. OKOHYATENbHBIN pe3ysibTaT aKTUBAIIMN KOMIUIEMEHTA - 00BbEeANHCHUE MO3AHAX KOMIOHEHTOB koMmmnaemenTa (C5, C6, C7,
C8 n C9) B OoNbLION KOMIUIEKC, aTaKyOIMI MeMOpPaHbI, KOTOPBIH BBI3BIBACT JIN3UC MHKPOOHON KIICTKH.

IockonbKy riaaBHas QyHKIHA KOMIUIEMEHTa - aTaka Ha MeMOpaHbl MHUKPOOHBIX KJIETOK, €r0 aKTHBALUs B OCHOBHOM HPOHCXOIUT Ha KICTOUHON
MeMOpaHe MHKPOOpPTaHH3Ma, T OHa 3aIyCKaeTcs JIMOO aHTHTENIOM, CBS3aBIIMMCS C MHUKPOOHOH KIJIETKOH, 100 monmcaxapuaaMu ee obonouku. B oboux
Clly4yasiX aKTUBUPYIOTCS PaHHHe KOMIOHEHTHI KomiuieMeHTa. CyIIecTBYIOT JBa HabOpa paHHMX KOMIIOHEHTOB, NPHHAUICKAIIUE JBYM Da3HbIM IyTAM
axtuBaiuu komiuiemenTa: Cl, C2 u C4 oTHOCSTCS K KIAcCu4ecKkomy nymu, KOTOPbIi IPUBOJNTCS B ACHCTBHE CBA3bIBaHUEM aHTUTENa; (akTop B u dakrop D
OTHOCATCS K Qb/MEePHAMUSHOMY Nymu, KOTOPBIH 3aIlycKaeTcs MHUKPOOHBIMH IIONMcaxapuiaaMi. PaHHHME KOMIOHEHTHI 00OMX IyTel NEHCTBYIOT B KOHIIE
koHIOB Ha C3 - HanboJiee BaXKHbIN KOMIOHEHT KoMIuteMeHTa (puc. 18-40). Pannue kommonenTsl u C3 - npoepMeHThI, MO0C/IeJ0BaTeIbHO aKTHBUPYEMbIC
IIyTEM OrpaHUYCHHOro nporeoinsa. Korja kakoil-nubo u3 Hux crnenuduueckumM o0pa3oM paclIEIUIeTCsl, OH CTAHOBUTCS aKTUBHOI CEpHHOBOW MPOTEa3oi,
CIIOCOOHOH pacIIeIUIATh CIEAYOMMi npodepMeHT, U T. 1. MHOTHE W3 3THX aKTOB MPOTEOJM3a NPUBOAAT K OT/AEICHHIO Majoro MENTHAHOro (parMeHTa u
OOHA)KEHHIO y4acTKa CBSI3bIBAHMS C MeMOpaHOW Ha GoibiioM (parmente. bonbmioil GpparMeHT MPOYHO NMPHCOCAMHSETCS K MeMOpaHe KIETKH-MHUIICHH C
MIOMOIBIO 3TOT'0 yJacTKa U CIIOCOOCTBYET INPOTEKAHHIO CIEAYIOIIEro 3Tamna B IenH peakuuid. Takum o6pa3oM, MpoLecc aKTUBALMU KOMIUIEMEHTa OrpaHHYeH
TJIaBHBIM 00pa3oM TOH KIIETOYHOW NOBEPXHOCTBIO, I/I¢ OH Hawaiucs. Maneri ¢parMeHT HepeaKko AEHCTBYeT HE3aBHCHMO - Kak crocoOHas K auddysun
CHI'HaJIbHAs MOJIEKYJIa, CTHMYJIMPYIOLIasl BOCTIAIMTENbHYIO Peakiuio (pas3a. 18.5.4).

AxtuBaiusa C3 myTeM €ro paclueluleHusl - TJIaBHas peaKiys LEeMH aKTHBAlUM KOMIUIEMEHTa; MMEHHO 3/1€Ch CXOAATCS KIACCHYECKUH H
aIbTepHATUBHBI IMyTH (cM. puc. 18-40). B o6oux ciydasx C3 pacmemisercs: GepMEeHTHBIM KOMIUIEKCOM, Ha3piBaeMbIM C3-KoHBepTa30ii. /[Ba pa3HBIX IIyTH
HPHBOJISAT

Carasigarne Nonucaxapua
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Puc. 18-40. OcHOBHBIE dTalbl AKTHBALMH KOMIUIEMEHTA 10 KJIACCHYECKOMY U albTePHATHBHOMY ITyTH. Peakiiuy akTHBAI[MY KOMILIEMEHTA B 000MX CIIydasix
0OBIYHO IIPOUCXOAAT HA IOBEPXHOCTU BHEJPUBILErOCsS MUKPOOPraHU3Ma, HapuMep OaKTepHu.
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K 00pa3oBaHuio pa3HbIx C3-KOHBEPTa3, KOTOPBIC MONYYAIOTCS B PE3y/IbTaTe CIIOHTAHHOTO OOBEANHCHHS IBYX KOMIIOHCHTOB KOMIUIEMEHTA, aKTHBUPOBAHHBIX
Ha Gosee panHeM stane. O6e xoHBepTassl pacmemniior C3 Ha aBa ¢parmenta. bonpmmit u3 HuX (C3b) KOBaJICHTHO CBS3BIBACTCS C MEMOPaHOH KIETKHU-
mumenn u npucoeaunser CS. Bynyum cszannbiM, Oenok C5 pacmernnsiercs C3-koHBepTaszoi (koTtopas Tenepb JelcTByerT kak CS5-KOHBepTasa) U B
pe3ysbTaTe MHULMUPYET CIOHTAHHYI0 COOPKY KOMIUIEKCA, aTaKyIOIIEro MeMOpaHsbl, U3 MO3IHUX KOMIOHEHTOB - oT C5 1o C9.

ITockonbKy KaxIblii aKTHBUPOBAHHBINH (PEPMEHT PACLICILIIET MHOTO MOJIEKYJI CIIEAYIOIIEro NpodepMeHTa, IPOTEONUTHYESCKHI KacKa] aKTHBALUH
PAaHHMX KOMIIOHCHTOB JCHCTBYET KaK yCunumens: Kaxaas MOJICKyJa, akKTHBUPOBaHHAsl B Hauasle BCEHl LEMH, BBI3bIBACT 0OPAa30BAHUEC MHOXKECTBA KOMILICKCOB,
ATaKyIOLUIMX MEMOpaHBbI.

18.5.2. Knaccuueckuii myTh aKTUBHPYETCH KOMILJIEKCAMH AHTUT€H-aHTHTeNO0 [27, 28]

Knacenveckuii myTh OOBIMHO aKTHBHpYyeTcsi, korna anturena IgG mim IgM CBS3BIBAIOTCS ¢ aHTUIGHAMH Ha MOBEPXHOCTU MHKPOOPraHM3Ma.
CBs3bIBaHUE aHTHI'€HA C AHTHTEIAMU B CBOIO OYepe/ib IPUBOIHUT K TOMY, YTO KOHCTAHTHBIE 00JIACTH AHTUTEII CBA3BIBAIOT MEPBBIN KOMIIOHEHT KJIaCCUUECKOTrO
mytH, C1, KOTOpBIN mpecTaBisieT co0oi OObIIOI KOMIUIEKC, cocTosmmi 13 Tpex cyokommoneHToB - Clg, Clr u Cls (puc. 18-41). Ces3biBanue rio0yspHOit
«ronoBkm» Clq ¢ auturenoM IgM mu IgM, npricoenMHEHHBIM K aHTUreHY, akTuBHpyeT Clq, U B pe3ysbTaTe 3aIyCKaeTcsl pAHHUH IPOTEOIMTHICCKHI KacKa
Kinaccuyeckoro mytd. OfHAKO MPEXAe YeM IPOU30HACT aKTHBALMS, TAKUM CIIOCOOOM NODKHA OBITH CBA3aHa 0Golice 4eM OJHA «TOJOBKa»; MO3TOMY s
BKJIIOUCHUS KJIACCHYECKOro ITyTH HY)KHA IleJiasi TPYIIa dy>KepPOJHBIX aHTUTCHHBIX JeTepMUHAHT (puc. 18-41, B). DTo ToXe CIIyXUT IJIs1 KOHIIEHTPUPOBAHUS
IIPOLIECCOB aKTHBAIMK KOMIUIEMEHTa Ha MOBEPXHOCTH MHKPOOPIaHW3MOB, IJI€ aHTHICHHBIC JETCPMHHAHTHI OOBIYHO PACIOJIOKEHBI TECHBIMH TPYIIIAMU.
AxruBanus cyokomnonenta Clq kommiekca Cl akruBupyet Clr, KOTOpBIi IpHoOpeTacT MpOTEOIUTUICCKYIO aKTHBHOCTD M B CBOIO OYepe/b PAaCIICIULICT U
axtusupyer Cls. AxruBupoBanusiii Cls 3atem pacmemrsier C4 Ha nBa ¢parmenta, C4a u C4b (oOpasyromuiicss B pe3yibTaTe TaKOTO poja HMpOTeoIn3a
GonbInii pparMeHT NpUHATO 0003HaYaTh b, a MeHbIMiA parMeHT -a); C4b cpa3y xe KOBaJICHTHO NMPHIIMBAETCS K MeMOpaHe 1 3aTeM cBs3biBaeT C2. Bynyun
cBsi3aHHBIM, C2 TakXkKe paclIeIuIsieTCs] aKkTHBUPOBAH-

Komnnexe C1

——— e

TpowHam cnupans o6y napHan

THUNa8 Konnareda “ronosra '’
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Puc. 18-41. A. Heobsrunas crpykrypa Clq. 310 6onbuioii 6eok (Mo, Macca okomno 450000). cocTosmumil U3 MecTH HACHTHYHBIX CyOBeIUHHUL, KaXIas U3
KOTOPBIX B CBOIO OYepe/Ib IIOCTPOCHA M3 TPEX Pa3HBIX NMOTUIENTHIHBIX nenell. C-KOHIeBbIe IOJOBHHEI BCEX TpeX LeneH KaxIoi cyObeJUHHIBI 00pa3yloT
TII0OYIAPHYIO CTPYKTYpY; N-KOHIIEBBIC IIOJIOBHHBI UIMEIOT aMUHOKHCIIOTHYIO IIOCIIE0BATEIBHOCTD, THIINIHYIO JUIS KOJUIareHa, U CKPy4eHbl B TPOIHYIO
CIHpaib KOJUIAareHOBOro Tima (cM. pasa. 14.2.6). Bee mecTs cyObeqUHUL] CIIUTHI APYT C APYTOM IHUCYIbOUIHBIME CBA3SIMU MEXKIY TPEXCIHUPATbHBIMU
«XBOCTaMI» H 00Pa3yIoT CTPYKTYpY, HAIOMHHAIOIIYIO ITy9OK TIONGIAHOB. K TI00yIspHBIM «TOIOBKaM» 9TOH CTPYKTYPHI MOTYT IPHCOCIUHATHCS aHTHTENA
1gG umu IgM. Takum obpa3om, kaxxaas monekynaa Clq uMeeT mecTb y9acTKOB cBs3bIBaHUs aHTHTEIN. b. CsasbiBanue Cl ¢ aByms monekyrnamu IgG,
NPHCOCTMHEHHBIMH K IPYIIIEC AHTUTCHHBIX ACTEPMHUHAHT HA IOBEPXHOCTH KiIeTKu-MuIienu. Kaxapiii kommieke C1 coctout u3 oguoit monekyisl Clg,
HENPOYHO CBA3aHHOMW C TETPaMepOM, KOTOPBIN cocTaBieH U3 AByxX Moiekyl Clr u nByx mosekyn Cls (TeTpaMep Moka3aH CXeMaTHYHO).
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Puc. 18-42. O6pazoBanue C3-KOHBEPTA3bl P KIACCHYECKOM U NPHU aJbTEPHATUBHOM ITyTH. B 000oux ciryyasx C3-koHBepTasza o0pasyercs B pe3yJibTare
COE/IMHEHHMS IByX KOMIIOHEHTOB KOMILJIEMEHTA, aKTUBHPOBAHHBIX paHee B IEMTH NPOTEONUTHYECKOro Kackaaa. beaku C3 u C5 romonornynsl. CeszaB C3b, C5
cTaHoBuTCs NoxoxuM Ha C3 u pacmemsiercs C3-koHBeprasoil (paboTatomeii kak C5-koHBepTasa) ¢ oopasoBanueM C5b, KOTOPBI HHUITUUPYET COOPKY
KOMIUIEKCa, aTaKyIoIero MeMOpaHbl. AKTHBUPOBAHHBIE KOMIIOHEHTHI KOMIIEMEHTA 4acTO 0003HAYAIOT C TIOMOILbIO BEpXHEW 4epThl (Hanpumep,
aktuBupoBaHHblid Cl - kak C1); 4TOOBI yIPOCTHTh TEKCT, MBI HE MOJIB30BAMCH STHM 0003HAYCHHUEM.

HbeM Cls; 6onbimit ¢pparment, C2b, ocraercs cs3anubiM ¢ C4b, 0Opasys komiuieke C4b,2b, koTopslii npeacrasiser codoit C3-KoHBepTa3y KIaCCHYECKOro
nytu. Kak nokasano Ha puc. 18-42, C4b,2b pacmemnser C3 Ha nBa ¢parmenra - C3a u C3b. @parment C3b ObICTPO CBA3BIBACTCS ¢ MEMOPAHOW-MHUIICHBIO U
npucoenunser k cebe C5. Cesazannbiii C5 pacuerisiercs: komiuiekcom C4b,2b Ha C5a u C5b (Bcnomunm, uro C3-koHBepTasa - 310 Takxke u C5-KoHBepTasa).
®parment C5b coenunsercs ¢ C6, B pe3yabTaTe 4ero HHULUUPYETCs cOOpKa IMO03HUX KOMIIOHEHTOB ¢ 00pa30BaHUEM KOMILIEKCA, aTaKyIOIIEro MeMOPaHBI.

18.5.3. AnbTepHATUBHBINA IIYTh MOKeT NPSAMO AKTHBHPOBATHCS MUKPOOPraHu3Mamu [27, 29]

Tonucaxapuasl KIETOYHBIX CTEHOK MHKPOOPTaHH3MOB JlaK€ B OTCYTCTBHE AHTHTEN MOTYT IPSMO aKTHBHPOBAaTh AJbTEPHATHBHBIH MyTh.
AKTHUBAIHS KJIACCHYECKOTO ITyTH TOXXE aKTHBHPYET aJbTEPHATHBHBIN IIyTh C IOMOLIBIO TIOJIOKUTEIEHOM 00paTHOM cBsi3u. TakuM 00pa3oM, albTepHATUBHBIH
yTh 00ECIICYNUBACT MEPBYIO JIMHUIO OOOPOHBI OT HH(PEKINH, 1T0Ka He CHOPMUPOBAIICS UMMYHHBIIl OTBET, 1 YCHIIMBAeT ACHCTBHE KIIACCHYECKOTO IIyTH TOCIE
Hayaja HMMYHHOTO OTBETa.

XOTs MBI TOBOPHM, YTO IIOJHMCAXaPHIbl MUKPOOOB MPSMO aKTHBUPYIOT albTEPHATHBHBII IIyTh, OJHAKO STO JIMLIb yIpPOIIeHHAas cxema. Ha camom
nese ITOT IyTh akTUBUpyercs ¢parmeHrom C3b, a pone MOTHCaXapuUIOB COCTOMT B TOM, 4TOOBI mpeaoxpaHuts C3b OoT OBICTPOH HWHAKTHUBALMH IIO[
JeiiCTBHEM MeXaHH3Ma, KOTOPBII 3alHINACT OKPYKAIOIINEe HOPMAIbHBIC KICTKH OT aTaKH aKTHBHPOBAHHOTO KOMILIeMeHTa (cM. Hioke). C3b, npuBoisiuii B
JieiicTBHE aJIbTEPHATUBHBINA IyTh, 00pa3yeTcs JIMOO KJIACCHYECKHM IyTeM (OTCIOfa METJIs IMOJIOKHTENbHOH 00paTHOH CBA3M), MO0 IyTeM CIHOHTAHHOIO
nporeonu3a C3, KOTOPbIN NPOMCXOIUT C MAJIOK CKOPOCTBIO JaXKe TOT/a, KOrja KacKaj KOMIUIEMEHTA HE 3aIlyIlIeH.

Crnenyrommii 5Tan akTUBALMKM albTEPHATUBHOTO IyTH - mpucoenuHeHue Qakropa B k memOpanocsssanHomy C3b. 3areM LMPKyIUpYOMIUi B
KpOBH B aKTHBHOM (opme daxtop D pacmensier cBs3aHHbli pakrop B ¢ o6pasoBannem akTuBHOro ¢parmenta Bb, u B pesymbrare nomyuaercs C3b, Bb -
C3-koHBepTa3a AIbTEPHATUBHOTO IyTH, MOJ ICHCTBUEM KOTOPOW 00pa3yroTcs AONOJHUTEIbHBIE MoeKynbl C3b; HekoTopble U3 HuX cBsa3biBatoT CS. Kak u B
KJIaccu4eckoM mytu, C3-KoHBepTa3za MOXKeT ciyKuTh 1 C3-koHBepTazoi. C3-KOHBEpTAa3a pacuIeIisieT MeMOpaHOCBsI3aHHbIe MoeKybl C3
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U TaKUM 00pa30M MHULMUPYET COOPKY KOMILIEKCa, aTaKyILIero MeMOpaHsl (cM. Hibke, puc. 18-43).

IloBpexxnenne MeMOpaH HOPMAJbHBIX KIETOK COOCTBEHHOIO OpraHM3Ma KOMIUIEMEHTOM, aKTHBHPOBAHHBIM MO KJIACCHYECKOMY IIyTH,
NPEeJOTBpPAILIACTCS. TeM, 4To st akTuBaii Cl Hy)XHBI CBSI3aHHBIC aHTHTeNa. AJBTEPHATHBHBIN IyTh, OJHAKO, akTUBHUpYeTCsi hparmerntoM C3b, KOTOpBIit
MOXET CBSI3aThCA C JIIOOOW MeMOpaHOW M, KaK y»Ke TOBOPHJIOCH, ¢ HEOOJBLIOW CKOPOCTBIO 00pa3yercs cnoHTaHHO. [103TOMy HEOOXOJMMBI CHELHATbHBIE
MEXaHH3Mbl 3alIUThl COOCTBEHHBIX HOPMAJbHBIX KIETOK OT TaKoro poja aTakd. B orumume or OGonpmmx ckomieHuit C3b, dopMupyromuxcs o
KJIaCCUYECKOMY IyTH, OOJbIlIasg 4acTh CHOHTaHHO oOpasyromerocss C3b cBsa3biBacTCs ¢ MeMOpaHaMH B BUJIE OAMHOYHBIX MOJIEKYJ. 3[€Ch OHH OBICTPO
WHAKTHUBUPYIOTCS Crieln(pUYEcKUM OenKoM-HHrHOUTOpoM - hakTtopoM H, KOTOpBIil KOHKYpupyeT ¢ ¢akropom B 3a cBsseBatommii yuactok Ha C3b; C3b,
CBSI3aHHBIM C MUKPOOHBIMH MeMOpaHaMH, 3aIlHIIEH OT 3TOr0 MHTMOMTOPHOro Oenka (MEXaHH3M 3allUThl HEU3BECTCH) HOIUCAXapUIAMH KJICTOYHOH CTEHKH
MUKpOOOB. [ToaToMy Takue Monekyibl C3b MoryT cBs3bIBaTh (pakTop B 1 Takum 00pa3oM akTUBUPOBATH ANbTEPHATUBHBIN My Th.

18.5.4. AKTUBALMA KOMILJIEMEHTA CIIOCOOCTBYeT (parouuTo3y M BocnagaeHuro [27]

@parment C3b, obpasyrommiics kKak Mpy KIACCHYECKOM, TaK M NP albTEPHATHBHOM ITyTH, 00NIafacT PSAJOM BaKHBIX CBOMCTB. Kak MbI yxe
BHJICNIM, OH aKTHUBUPYET AIbTCPHATHBHBIA IIyTh C oOpa3oBaHMeM n00aBouHbIX KoimuecTB C3b u cesseiBaer C5, obecrneumBas pacmiemienne ero C3-
KOHBepTa30il. OHAKO KOMIIJIEMEHT paboTaeT He TOJIBKO Ha 00pa3oBaHHE KOMIUICKCOB, aTaKyroLMX MeMOpanbl; C3b urpaer eue u TpeThio BaXKHYIO POJIb: OH
TIPUCOEIMHACTCS K CIeIU(pUIECKHM PEIENTOPHBIM OellkaM Ha Makpodarax M HEHTpO(UIaX M TOBBINIAECT CHOCOOHOCTh 3THX KIIETOK (harolUTHPOBAaTh Ty
MHKPOOHYIO KJIETKY, K KOTopoi yxe npucoeaunmicst C3b. Takum o6pazom, C3b BHOCHT pelnaroliuii BKIaJ( B 3allUTy OT OaKTEPUii, HE3aBUCHMYIO OT JIM3HCa
KJIETOK MO/ ACHCTBHEM KOMILIEMEHTA.

B xoxe kackamHOW IIPOTEONUTHYECKOH AKTHBAI[MM KOMILIEMEHTa 0Opa3yeTcs HECKONBKO HEOOJBIIMX OMOIOTHYECKH AKTHBHBIX OEIKOBBIX
¢parmentoB. V3 Hux HanmOonee BaxkHbl C3a m CS5a. Oba 3TuxX (parMeHTa NpPEICTAaBISIOT COOOW IENTHIbI C CHJIBHBIMH OCHOBHBIMH CBOMCTBamu,
oTmienisieMble OT N-KOHIIOB MCXOJHBIX O€JKOB; 00a BBI3BIBAIOT COKPAIUCHHE IJIaJKOH MyCKyNaTypbl M CTHUMYJUPYIOT CEKPELHMIO THCTAMHMHA TYyYHBIMH
KIeTkaMn u Gasoduiaamu. I'mcTaMMH MECTHO yBEIMYHMBAET NMPOHMIAEMOCTh KPOBEHOCHBIX COCYJOB, YTO MO3BOJIACT JICHKOIUTAM M JOMOIHHTEIBHBIM
KOJIMYECTBAM aHTHTENl M KOMIUIEMEHTa IPOHMKaTh B MecTa MH(ekimu. C5 CIyKHT TakkKe MOIIHBIM XEMOATTPAKTAHTOM Ul HEHTPO(HIOB M yCHIIMBaeT
MEXaHH3MBI, C TIOMOIIbIO KOTOPBIX 3TH KJIETKH YHHYTOKAIOT MOIVIOIIEHHbIE OakTepuu. IMEHHO 3TH 1Ba MENTHAA B OCHOBHOM OTBETCTBEHHBI 32 MECTHYIO
BOCTIAIUTENBHYIO PEAKINI0, KOTOPO OOBIYHO COMPOBOXKIACTCS aKTHBAIMSA KOMILUIEMEHTA.

18.5.5. B pe3yabTaTe cOOPKH MO3AHUX KOMIIOHEHTOB KOMILIEMEHTa 00pa3yeTcsi THTAHTCKHUIT KOMILIEKC, aATAKYHOIIMIA
memOpanbI [27, 30]

COopka MO3JHUX KOMIIOHEHTOB HayMHaeTcs ¢ Toro, yto C5 (yxe cnabo cszaHHbld ¢ C3b Ha MemOpaHe KieTKU-MuLIeHH) pacuervisercs C3-
KOHBEPTa30il KJIACCHYECKOTO MM IBTEPHATUBHOTO MyTH ¢ oOpasoBanueM CS5a u C5b. Kak mbl Tonbko uto Buaenu, C5a 0CcBOOOKAAETCS U CIIOCOOCTBYET
BOCTIANINTENBHOH peakimu. C5b octaercst cBs3aHHBIM ¢ C3b 1 BpeMeHHO HMeeT cliocoOHOCTE npucoennHsiTs C6 ¢ oopazoanuem C56, a morom C7
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Puc. 18-43. Coopka no3aHHX KOMIIOHEHTOB KOMIUIEMEHTA ¢ 00pa30BaHUeM KOMIUIEKCa, aTaKyroniero Mmemopansl. Ces3piBanue Moiekyisl C9 ¢ C5678
uaayuupyet B C9 koHpopMaoOHHOE U3MEHEHHE, KOTOPOE MPUBOAUT K OOHaKEHHUIO rHpodoOHOit obnacty u BetpanBanuio C9 B MMNUIHBIN OUCITOH KIETKH-
MHUIIEHH psigoM ¢ C8. DTO MHUIMHUPYET LEMHYI0 peakiuio: n3MeHeHHbIH C9 cBs3bIBacT BTOPYIO MoJiekyiy C9, KoTopas npereprieBaeT KOHGOPMaIMOHHOE
W3MEHEHHNE M BCTPaUBaeTCs B OMCIION, T/ie MOXKET CBsA3aTh clIeayrontyto Moiekyry C9, u tak nanee. Takum odpasom nens mMonekyn C9 Gpopmupyer mupokuit
TpaHcMeMOpaHHbIi kaHai. Koneunslii kommieke C5678(9) mosker conepxath 10 18 Moaekyn C9 v uMeTh MOJI. Maccy OKoJI0 2 MiIH. (Kaxzaas Mosiekyia C9
COZIeprKHT 537 aMUHOKHCIOTHBIX ocTaTKoB). Kommexcer C5678 camu o cebe 00pa3yioT HeOOoIbIINe TPAaHCMEMOPAaHHBIE OPHIL.

¢ obpaszoBaruem C567. 3arem xomiuiekc C567 uepe3 C7 mpouno cBssbiBaeTcsi ¢ Membpanoil. K atomy komiuiekcy mobasisercst ogna monekyna C8, u
obpasyromuiics C5678 cBs3biBaeT oT 8 10 18 mMonekyn C9, KOTOpble YACTUYHO Pa3BOPAUYUBAIOTCS M MOJMMEPH3YIOTCS, GOPMHUPYS TpaHCMEMOPaHHBII KaHaT
(puc. 18-43). Uzyuennsie nocnenosarensHoct JJHK no3Bossior npeanonarars, yro 6enku C6, C7, C8 u C9 3BOIIOLMOHHO POICTBEHHBI MEXIY COOOM.

Kommiekcel, aTakylonie MeMGpaHbl, 10CJI¢ HEraTUBHOIO KOHTPACTUPOBAHHS HMEIOT Ha 3JIEKTPOHHBIX MUKPO(hoTOrpadusx xapakTepHbIid BUA:
OHH 00pa3yroT BOAHBIEC IOPHI, NPOHU3bIBaomuUe MeMOpany (puc. 18-44). ITo srtoif mpuuuHe, a Takke Onaromapsi HapyIICHUIO CTPYKTYPBI OJIHM3JIEKAIIero
JIMIUJHOTO OHMCIIOsT MeMOpaHa CTAaHOBHTCS JIETKO MpPOHUIaeMoil. I10cKoIbKy Maible MOJEKYJBI MOTYT IIPOXOJNTh CKBO3b MEMOpaHy OKOJO KOMILUIEKCOB M
Yepe3 HHX, & MaKPOMOJICKYJIBI OCTAIOTCS B KJICTKE, HApYIIACTCs HOPMAJbHBINA KICTOYHBIH MEXaHHW3M KOHTpOJIST BOAHOTrO Oamanca (cMm. cxemy 6-1, T. 1).
TToaTOMY KJIIETKa IIyTeM OCMOCa ITOTJIONIACT BOAY U B pe3ysbTaTe HaOyXaeT M JIONAeTcs. ITOT MPOLECC HACTONBKO 3(G(PEKTHBEH, YTO OUCHb HEOOJIBIIOE YUCIIO
KOMIUIEKCOB, aTaKyIMUX MEeMOpaHbI (BO3MOXHO, aKe OJMH), MOXKET yOuTh 3puTporuT. KOMIUIEKCH MOTYT paspyliaTh jaxe BUPYC, UMEIONIMiT 000II0uKy,
JUIsL KOTOPOTO HE XapaKTepHa OoJIbliiasi pa3HOCTh OCMOTHYECKOTO JIABICHUS 110 00 CTOPOHBI MEMOpPaHbI U KOTOPBIH T03TOMY HE IMOABEPKEH OCMOTHYECKOMY
JIH3HUCY; BEPOSTHO, 9TO IPOUCXOAUT H3-3a Je30pTaHU3aMU MEMOpPaHbl BUPYCa.

18.5.6. Kackan xoMmnjieMeHTa TOYHO peryJjupyetcs [27, 31]

IMockonbKy KackaJ KOMIUIEMEHTA IEHCTBYET KAaK YCHJIMTENb M MOXET IPUBOJNTh K Pa3spyLICHHIO KJIETOK, HEOOXOIMMO, YTOOBI KIIIOUEBBIC
aKTUBHBIC KOMIOHEHTH! HHAKTHBHPOBAIUCH BCKOPE MOCIIEC MX MOSBICHUS U aTaka HE PacIPOCTPAHIACH HA ONU3IIeKAINE KICTKA COOCTBEHHOIO OpraHU3Ma.
OT0 pocrHraeTcs MO MeHbIIeH Mepe AByMs crocobamu. IIpexxme Bcero, crenuduueckue OeNKH-HHTHOUTOPHI, COJICPIKAIMUECs B KPOBH, OCTaHABIMBAIOT
KackaJl IyTeM CBS3bIBAHUs WIIM PAcCLICIUIEHHs ONpPENENEHHBIX KOMIIOHEHTOB, CTOUT MM TOJIbKO aKTMBHPOBAThCS B pe3yibTaTe IpoTeonus3a. Hampumep,
HEKOTOpbIC OCIKU-UHTUOUTOPEI IPHCOCAUHSAIOTCS K aKTHBHPOBAHHBIM KOMIIOHEHTaM Kominiekca Cl M ImpekpamaloT uX AEHCTBHE, B TO BpeMs Kak APYyrue
PACIICIULIIOT M TeM caMbIM HHakTUBHPYIOT C3b. be3 sTux MHruOHTOpOB Bech ChIBOpPOTOUHBIH C3 MoOr OBl OBITH M3pacXoJOBAaH H3-3a HOJIOKUTEIHHON
00paTHOM CBSA3M B LIENH PEAKIHii aIbTEPHATUBHOTO MyTH.

Bropoii Ba)xHBII MEXaHH3M PETYIISIIUHA OCHOBAaH HAa HECTAOMIBHOCTH MHOTHX aKTHBHPOBAHHBIX KOMIIOHEHTOB KacKaja: €CIIH OHH He CBS3bIBAIOTCS
TOTYAC XK€ C ONPEAENICHHBIM JPYTUM KOMIOHEHTOM HIIH C OIu3IIexaIeld MeMOpaHoii, OHH OBICTPO HHAKTHBUPYIOTCS. OCOOCHHO SIPKUM HPHMEPOM

10 Hm

A 1)

Puc. 18-44. OtBepcTHs B IIa3MaTHIECKOH MEeMOpaHe SPUTPOLUTA - Pe3yIbTaT BO3ACHCTBHS KOMILIEMEHTa. DIeKTPOHHBIE MUKpO(hoTOorpadun (HeraTUBHBII
KoHTpacT). Ha doro 4 orBepcTre BuaHO cBepxy, Ha (oto b-cOoky. KonTpactupyromee BemecTBo 3aoHsIET OTASNbHbIC KaHaJIbI, U TI03TOMY OHH BBITIIAAAT
temHbIMH. (R. Dourmashkin, Immunology, 35, 205-212, 1978.)
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Puc. 18-45. IIporeonuruyeckas akruBanus C3 mmu C4 BeneT k n3MeHeHUI0 koHpopManun 6enxa. [Ipu 3ToM pa3pbIBacTCs IIOKa3aHHAS HA PUCYHKE
HEOOBbIYHAs! BHYTPUMOJICKYJISIPHAs KOBAJIEHTHAs CBs3b. B pe3ynbTare pa3pbiBa 3TOM THOA(PUPHOH CBA3M MEK1y OOKOBBIMH LeTsiMU Oelika o0pasyercs BecbMa
PEaKIHOHHOCIIOCOOHAS KapOOHHMIbHAS IPYIIIA, KOTOPask KOBAJICHTHO MPUCOEAUHACTCA K APYTOil MAKpOMOIEKyJie, 00pa3yst ¢ Hell 3(pUpHyI0 WM aMUAHYIO
cBs13b. OJJHAKO CIIOCOOHOCTH OeNka pearupoBaTh TAKHM 00pa30M MaJlaeT CO BpeMEHEM IIOIY>KH3HH OKOJIO 60 MKC; HO3TOMY OH CBSI3BIBA€TCS TOJIBKO C
MeMOpaHaMu, PacHoIOXKEHHBIMU 04€Hb OJIM3KO K TOMY MECTY, Tie Hadanach akTuBanus kommieMenTa. Kak C3, tak u C4 cocrosaT 6oiee 4eM U3 OJHOM
HOJIUICNITUAHOM IIeNH; MOKa3aHHbIC Ha PHCYHKE PEaKIUH IPeTepIeBacT B KaXKIOM U3 OeIKOB [elb HaHOOIBIIEro pa3Mepa.

coyxar axruBupoBanHbie C4b m C3b. Korma moboii 3 HHX oOpasyercs IMyTeM pacUICIUICHHS MPEAIICCTBEHHHKA, OH MPETEPIeBacT psA OBICTPBIX
KOH(OPMALMOHHBIX M3MEHCHHH, MPUBOMINNX K KOPOTKOXHUBYIICH akTuBHOH (opme. Takas axtuBHas (opma mmeeT ruapopoOHBIH ydacTOK, a TaKKe
OOKOBYIO IIeIb INIyTaMHHA C BBICOKOI PEaKIIHOHHON CIOCOOHOCTBIO, 00pa3yroNIyloCs IIPH MEXaHHYECKOM pa3pbiBe HEOOBIYHON THOI(PUPHON CBS3H B Oelke
(puc. 18-45). B pesynbrare riayTamuH 0Opa3yeT KOBAJIEHTHYIO CBS3b € OCJIKOM WM IIOJIMCAaXapuIoM Ha Oimsiexaiieil memOpane. IlockoibKy Bpems
noJTyxu3Hu akTUBHBIX (opMm C4b u C3b ouenp mano (menee 0,1 Mc), OHM OOBIYHO YCIIEBAIOT CBA3ATHCS TOJBKO C TEM y4YaCTKOM MEMOpaHbI, KOTOPBII
HAXOJHUTCS COBCEM ONM3KO K MECTy aKTHBAIlM¥ KOMIIOHEHTOB KoMIUIeMeHTa. IIooToMy aTaka KOMIUIEMEHTAa OIPaHHYMBAETCS JIMIIb OBEPXHOCTHOMH
MeMOpaHOi MUKpoOa 1 He paclpoCTPaHsIeTCsl Ha OKPYIKAIONIHEe HOPMAJIbHBIE KIICTKH COOCTBEHHOIO OpraHu3Ma.

Kak B mpomecce SBOMIOLMHM MOTIa BBIPAOOTAThCS CTONb CHOXKHAs cuctema? MOXHO MpeAnoiaratb, 49T0 3TO IPOUCXOAWIO IyTEM
MOCIIeI0BATENBHBIX ImaroB. [Ipu 3TOM, BHIMMO, MHOTHE M3 CAaMbIX CJIOXHBIX KOMIIOHEHTOB, TaKMX KaK KOMIUIEKC, aTaKyIONIIMil MeMOpaHEI, IOSBIINCH
CPaBHHUTEIBHO MO3]HO. KakeTcst BEpOsTHBIM, YTO CHCTEMa II€pBOHAYaibHO (OpMHpoBaach BOKpYr kommnoHeHta C3 u obecreunmBana oOpa3oBaHUE
KOBaJICHTHOTO KoMIuiekca Mexay C3b u MeMOpaHaMu 4yXepoaHbIX KIETOK. DTOT KOMIUIEKC caM MO ce0e 3HAUMTENIFHO YCHIMBAET CIIOCOOHOCTh Makpo(aron
1 HeHTPO(DIIOB IOIIIOATh M pa3pylIaTh MUKPOOPraHU3MEL. OJ[HAKO JIOAHM, Y KOTOPBIX OTCYTCTBYET OJHUH U3 IO3JHUX KOMIIOHCHTOB H II09TOMY HE MOXET
OBbITh COOpaH aTakyIOIMH KOMIUICKC, 3alIMIIEHBl TEM HE MEHEe OT OONBLIMHCTBA OaKTepHabHBIX MH(pEKLHH. VICKII0UeHne COCTABISIOT JIMIIbL HEMHOTHE
GaxkTepuu, CHOCOOHBIC BBDKHBATh BHYTPH (DArOMUTHPYIOCH KICTKH; II03TOMY U 3alIUTHl OT HHUX OCOOCHHO BaXCH JIM3HC, OCYIICCTBIISICMBIH
KOMIUIeMeHTOM. Ilojararor, 4To M anbTepHATHBHBINA, M KJIACCHYECKHH IyN BEAYT CBOIO JBOJIONUIO OT TAKOH NPHMHTHBHOH CHCTEMBI KOMIUIEMEHTA.
BeposiTHO, BHayaje BO3HUK AJIbTCPHATUBHBII IIyTh KaK MEXaHH3M BPOXKICHHOU HecHeM(pHIECKOH 3alUThI OT MH(EKINH, U JIUIIb 3HAYUTEIEHO HO3KE
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BBIPA0OTANCS KJIACCHYECKUi IyTh, B KOTOpOM aktuBaimsi C3 CONpSIKCHa CO CBSA3BIBAHHEM AHTUTEI M TEM CaMBIM - CO CICHH(DHICCKHUMU
IPHCIIOCOOUTENIBHBIMA HMMYHHBIMU peakiusMu. llpeacraBieHue 00 JBONIOLMOHHOM POJICTBE ABYX IIyTeH COINAcyercsi ¢ TEM, YTO MHOTHME M3 HX
KOMIIOHEHTOB TOMOJIOTHYHBI, BKJIIOYas cepuroBbie mpotennassl Clr, Cls, C2, dpakrop B u dakrop D.

3akJjouenune

Cucmema xomniemenma Oeticmeyem cama no cebe u COEMECHIHO C AHMUMENAMU, 3AWUWAR OP2AHUSM NO360HOYHO20 om UH@ekyuu. Pannue
KOMNOHEHMbL KOMNIEMEeHMAa npeocmagiaom coboil npogepmenmel Kposu, KOmopble nocied08amensHo akmusupylomcs 6 yCunumenbHom Kackaoe peaxyuil
02PaHUYEHHO20 NPOmMeoausa. Dmom npoyecc Moxcem npomeKamsy aubo no KiACCU4ecKoMy nymu, KOmopulil 3anyckaemcs cesasvisanuem anmumen 1gG unu
IgM ¢ aummucenom, aub0 nNO ANLMEPHAMUSHOMY HYMU, KOMOPbIL MOJICEm 3anyCKambCs HeNnoCpeOCMBEeHHO KNeMOYHbIMU CMEHKAMU 6HeOPUSUIUXCA
Murpoopeanusmos. Haubonee easxcnviit komnonenm komniemenma - 6enox UC3, akmusupyemulil 8 pe3ynivmame npomeosumuiecko20 paciyenieHus u 3amem
KOBANEHMHO C6A3bI8AOWUICS ¢ Onusnexcawumu memopanamu. Muxkpoopeanusmel, Hecywjue na ceoell nosepxnocmu axmueupoganusiii C3 (C3b), neeko
no2nowjarmes u yHuumoxcaiomes gpazoyumupyrowumu kiemxamu. Kpome mozo, C3b nomozaem unuyuuposams cO60pKy no30Hux KOMHOHEHMOB, KOMOpble
0bpaszyiom 60160l KOMIIEKC MEMOPAHHOU AMAaKuy, Gbl3bI6AIOWUTL TUSUC HEOPAIOWUXCA MUKPOOp2anu3mMo8. TIpu akmusayuu Komniemenma oceoboxcoaemcs
Makdce pso He6OILULUX PACIBOPUMBIX NENMUOHBIX PPAZMEHMO8, NPUBLEKAIOWUX U AKMUBUPYIOWUX HEUMPODUILL U CIIUMYTUPYIOWUX CEKPeYUIo 2UCTAMUHA
MYUHBIMU KIEMKAM; MO0 NPUBOOUM K GOCHATUMENbHOU pearyuu 6 Mecmax axmusayuu Komniemenma. IIpomeonumuyeckutl Kackad KoMRIeMeHmMa
OCMaemcs «NPUBA3AHHLIMY K MeMOPanam 6HeOPUBUIUXCS MUKPOOP2AHUIMOB, AKMUBUPOSAGUUX SMON KACKAO, 21A6HbLIM 00pazom 01az00aps momy, 4mo
Hekomopvle u3 Komnonenmos, exkniouas C3b, ocmaiomcs axmusnvimu menee 0,1 Mumnucekynovl u nodmomy He MOZYm pAcnpoCMpaHums amaxy Ha
onusnedcawjue cod6CMeeHHble K1emKu OPaHU3MA.

18.6. T-1umdounTHI U KIETOYHBbIH UMMYHUTET

Pa3HooOpa3nble peakuun T-KIETOK B COBOKYIHOCTH HAa3bIBAIOT UMMYHHbLIM OMEemoMm Kiemounozo muna. Kak m oOpa3oBaHHe aHTUTEIN, JTH
pEaKIMH UrPalOT Y MO3BOHOYHBIX BAXKHYIO POJb B 3aIUTE OT HH(EKIHU, OCOOCHHO OT HEKOTOPHIX BUPYCOB U TpHOOB. Tak jke Kak M OTBETHI, CBSI3aHHBIC C
BBIPAa0OTKOM aHTUTEI, OHH BEICOKOCTICHU(UYHEI B OTHOLICHUH aHTUTCHA.

Cy1ecTByeT, 0HAKO, HECKOJIBKO Ba)KHBIX 0COOCHHOCTEH, oTiHyaronmx T-KiIeTku oT B-kietok.

1) Hexoropsie T-KJI€TKH OPSIMO CPAXKAIOTCS ¢ HH(EKIMEH MyTeM YHUYTOKCHHS KICTOK, HHOHIIMPOBAHHBIX BUPYCOM, HO OONBIIHHCTBO T-KIIETOK
peryaupyeT akTHBHOCTb APYTHX 3()(eKTOPHBIX KIETOK, TAKUX Kak B-kietTku u Mmakpodaru.

2) Kak s¢dexroprsle, Tak n peryastopHsie T-KIeTKH JEHCTBYIOT B OCHOBHOM Ha KOPOTKHX PAacCTOSHUSX, IPSIMO B3aHMOJACHCTBYS ¢ KJICTKaMH,
KOTOpBIE OHH yOHBAIOT WIIM AKTUBHOCTh KOTOPBIX PEryIUPYIOT. B-KeTkH, HapOTUB, BBICIAIOT aHTHTENA, PACIIPOCTPAHAIONIMECS OUYEHb JaJIeKO OT MECTa HX
00pa3oBaHMsI.

3) BeposTHo, 110 3T0i npryrHe T-KJISTKU CBA3BIBAIOT Ty>KEPOHBIN aHTUTCH TOJIBKO TOTJZA, KOTJ[a OH HAXOJUTCS Ha MOBEPXHOCTH APYroH KIETKU
COOCTBEHHOI'0 OPTraHU3Ma; aHTUI€H Y3HAETCsl B aCCOLMALUM C OCOOBIM KJIACCOM TIIMKONPOTEHHOB KJIETOYHOH MOBEPXHOCTH, HasbiBaeMbix MHC; aTu
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Puc. 18-46. T-kneTOYHBIN pelenTop -reTepoIuMep, COCTOSIIMN U3 NONUIIENTUAHBIX IeTnel o U B 00e 1enu rIMKO3WIMpOoBaHkl (He nmokazaHo). Kaxknas u3
neneit umeet JUIHY B 280 aMHHOKHCIIOT; OOJIbIIAs BHEKJICTOUHAS YaCTh KaXKIOH IIeNU CBepHyTa B Ba Ig-10100HBIX JoMEeHa - 0JuH BapHabenbHbIH (V) 1
onuH koHcTaHTHBIH (C). Mcxons u3 aHami3a aMHMHOKHCIIOTHBIX ITOCJIeJ0BATEIbHOCTEH (BBIBEACHHBIX U3 IIOCIIEA0BATEIBHOCTEH KitoHnpoBanHbIX K/ IHK),
I0JIAraloT, YTO AaHTHT€H-CBA3BIBAIOIINI yJacTOK, 00pa3yeMsblii JoMeHaMu V, B Vg, IO 00IIUM pa3MepaM U FeOMETPHHU CXOJEH C aHTHT €H-CBA3BIBAIOIIIM
Y4acTKOM MOJIeKyJbl anTHTena. OJHaKO B OTJIMYKE OT aHTUTEN, MMEIOLIHX /IBa Y4acTKa JUIsl CBA3BIBAHUS aHTUTEHA, T-KJICTOUHBIE PELENTOPEl UMEIOT JINIIb
OJIMH TaKOH y4acTOK (BEPOSATHO, IOTOMY, YTO OHHU BCET/1a CBA3aHbI C IJ1a3MaTHYECKOil MEMOpaHOH, Ilie MOryT AeiicTBOBaTh KoornepaTuBHo). [TokazaHHbIi
371ech o/P-reTepoanMep HEKOBAJICHTHO aCCOLMMPOBAH C MHBAPUAHTHBIM HA00OpOM MeMOpPaHHBIX OEJIKOB - TaK Ha3bIBaeMbIM KomIuiekcoM CD3 (He mokasaH).
Tunmunas T-kneTka nmeet Ha cBoeil moBepxuHoctd ot 20000 o 40000 o/B-6enKoB.

MOJICKYJIbI Ha3BaHBI TaK HOTOMY, YTO OHM KOAMPYIOTCS KOMIUICKCOM TI'€HOB, IOTYYHBIINX HA3BaHHUC 2IA6HO20 KOMNIEKCA 2ucmocosmecmumocnu (major
histocompatibility complex, MHC) (cMm. pa3n. 18.6.5). B pesynbrate akTuBanust T-KJIETOK IPOUCXOJHUT TOJBKO IPU MX KOHTAKTE C IPYroil COOCTBEHHOM
KJICTKOM; 9T0 HanboJiee BaXKHOE pasiIMine MEXIy IpoLeccaMy y3HaBaHus aHTUrena T- u B-xietkamu.

18.6.1. T-kJ1eTOUYHBIE PelEeNnTOPbI MPEJICTABJSIIOT CO00H AHTUTEI0MOA00HbIE reTepoanMepsI [32]

Iockombky T-KIIeTKH aKTHBHUPYIOTCS TOIBKO B Pe3yIbTaTe TECHOTO KOHTAKTA C JPYTMMHU KIETKaMH, HX PEENTOpPH! ISl aHTHT€HOB CYLIECTBYIOT
TOJNBKO B MeMOpaHoOcBs3aHHOU (opme. IloaToMy Takme penenTopsl ObUIO TPYAHO BEIICNUTH - B OTJIMYHE OT aHTUTEI, KOTOPBIC CEKPETHPYIOTCS (HO MOTYT
OBbITh 1 MEMOPAHOCBA3aHHBIMU ), U 3HAYUTEIILHO OOJIBIIE BpeMEHH NOTPEOOBAIOCH HA TO, YTOOBI MACHTU(HHLUPOBATH 3TH MOJICKYJIbl U KOAUPYIOLIME UX I'CHBI,
[epBble peuentopHbie Oenku ObUIM BhIAETACHB B 1983 T., mocie TOro Kak CTajJo BO3MOMKHBIM BBIPALMBATh B KYJIBTYPE YHCTHIE KIOHBI AHTUICH-
cnetuduueckux T-xietok (pasa. 18.6.11), 4ro mo3BONMIO MMETh OOJbIIME KOJMYecTBA T-KJIETOK C WACHTUYHBIMU PELENTOpaMH. 3aTeM MOLJH ObITh
HOJIy4€Hbl MOHOKJIOHAJIbHbIC aHTHTENA IPOTUB KJIOHMPOBAHHBIX KIIETOK, U TC M3 HUX, KOTOPbIC Y3HAIOT T-KJICTOUHBIH penenTop, ObUH MICHTH(HHUINPOBAHBI
II0 UX CIIOCOOHOCTH OJIOKHPOBAThH BBI3BAHHBIC AHTHI'CHOM OTBETHI HCXOJHBIX KJICTOK, HO HE OTBETHI APYTHX T-KICTOUHBIX KIOHOB. DTH aHTHTENA OBLIH 3aTeM
HCIOJIB30BAHBI JUISI OYUCTKH MOJIEKYJI PELEIITOPOB; 0Ka3aJI0Ch, YTO PELENTOP COCTOUT U3 JBYX IOIUIENTHIHBIX LIeTeH o U , COeANHEHHBIX JHUCYIIb()UIHBIMH
cBa3sMu. Kakzast U3 3TUX Lieneil MMeeT OTIIMYUTENbHYI0 0COOCHHOCTh, OOLIYIO Y HUX C QHTHTENIaMU, - HAUIMYUE BapuadesibHOM N-KOHIIEBOH U KOHCTAaHTHOM
C-xoH1eBo#i odnacreit (puc. 18-46).

IIpuMepHO roJx CILyCTs 3TH 4ePTHI CXO/CTBA C AHTUTEIIAMH CTAJIN BaKHBIM 3JIEMEHTOM OCTPOYMHOTO CIIOCO0a BEIIENICHUS I'€HOB, KOAUPYIOmHX T-
KJIeTOYHBIE perentopsl. T- u B-muMdonuts! GJIM3K0 POACTBEHHBI, HOITOMY OOJIBIIHHCTBO T€HOB TPAHCKPHOUPYETCsSl y HUX OJHOBPEMEHHO, U, 3HAUUT, OHH
conepxat B ocHoBHOM oanu u Te ke MPHK; ognako MPHK nis T-xietodnoro peuentopa copepkaT Toiabko T-kiaeTku. MccnenoBaTeny B3sUIH CyMMapHYIO
MPHK T-kJieTOYHBIX KIOHOB, rHOpuau3anueil Ha ucromenue yaanmwia MPHK, comepxaryrocs Takxke u B B-kierkax (pasn. 5.6.4), U HOIy4YrIn HEOOIbUIYIO
nomymsanuio MPHK, cBoiictBenHyto Tonbko T-knerkam, 3atem u3 stoit MPHK mnpuroroBunm Oubmmoreky kJAHK (pasza. 5.6.3) u wucnonb3oBain
uHauBUAyaibHele KiIoHB KJIHK w3 sToii Oubamoreku nm momydeHus paauoaktuBHbiX JIHK-30HmoB. Ilpeamonaras, uto BapuabenbHOCTh N-KoHIOB T-
KJICTOYHBIX PELENTOPHBIX OenkoB (kak M V-obnacrteil anTuten) cosmaercs mytem nepectpoek JIHK, kaxnwiit n3 JJHK-30H70B HCIONIB30BaIM 3aTe€M IS
aHaJM3a COOTBETCTBYIOIMX reHoMHbIX JIHK B mombITKe BBIABUTH MEPECTPOHKH B Ipolecce pasBUTHA T-kiaeTok. TakuMm IyTeM B KOHIIE KOHIOB OBUIH
JIOKaJIM30BaHBI (Ha Pa3HBIX XPOMOCOMAX) T€HHBIE ITyJIbl, KOOUPYIOIIHUE o~ U -IenH. beuio mokasano, 4To 9TH MyIbl, Ta XK€ KaK M TeHHBIC MyIIBl [l aHTUTEIL,
cozepkar oTAenbHble V-, D-, J- 1 C-cerMeHTHI, KOTOpble OOBEIUHSIOTCS IIyTeM CalT-crienu(HIecKoil peKOMOMHANK B IIPOIECCe Pa3BHTHS T-KICTOK B
THMYCE.

3a OZHMM HCKIIOYEHHEM, BCE MEXaHU3MBI, HCIIONb3yeMble B-KiIeTkamMu s co3aaHus pasHOOOpasus aHTUTEI, HCIONB3YIOTCS Takke U T-KIeTkaMu
UL co3gaHus pasHooOpas3ust T-kiaeTouHsIX perentopos. Ilonmararor, ogHako, 4To y T-KJIETOK OCOOEHHO BaKHYIO POJIb UTPAIOT MEXAHU3MBI, CBS3aHHEIE C
BBIIIAJICHUEM M BCTAaBKOI HYKJIEGOTHIOB IPU COCAMHEHHM I'€HHBIX cerMeHToB, Ho 3aTo 31ech, MO-BHOMMOMY, HE HCIONB3YETCS MEXaHH3M COMAaTHYECKOIO
TUIEPMYTHPOBAHUSL, TIPUBOUMBIN B IEHCTBHE aHTHUTeHOM (pasn. 18.4,4).
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IIpuunHa 3TOro, BO3MOXHO, COCTOMT B TOM, YTO HPH THIEPMYTHPOBAaHMH MOINIM Obl BO3HHKAaTh T-KJIETKH, PEAarHPYIOIIUE CO «CBOHMH»
MoJieKysiamu. Takoro poja npo6iema ropas/io MeHee CylIeCTBEeHHa Ul B-KkiieTok, Tak kak Oonblas 4acTh B-KJI€TOK, pearupyommx Ha «CBOe», He Moruia Obl
AKTMBUPOBAThCS 0€3 MOMOIIN pearnpyroumx Ha «cBoe» T-kieTok-xennepos (pasn. 18.6.12).

HemaBHo Obuti OOHapykeHbl T-KJICTOYHBIC PELENTOPHI BTOPOrO THUIA-TETEPOAMMEpHI, COCTOSIIME W3 Y- M O-LEHeil. ODTH PEeLenTOpsI
IKCIIPECCUPYIOTCS Ha CYOIOMYJIAIMAX KIETOK ¢ HEU3BECTHHIMU (QYHKIMSAMH B THMYCE, JITUISPMHICE U KUIIEYHOM SIIUTEIHH.

Kak o/B-, Tak n y/3-T-ki1eTo4Hble peenTopbl pU3NUECKH aCCOLMUPOBAHBI HA TIOBEPXHOCTU KIICTKU C OJHHM M TEM e HaOOPOM IMOJIMIENTHIHBIX
Lernei - Tak HasbiBaeMbIM Komniexcom T3 (mmu CD3). DTOT KOMIUIEKC MMEETCsl Ha MOBEPXHOCTH BceX 3penbix T-kierok. [Tomarator, 4To OH y4acTByeT B
Iepeiaye CUrHajla OT aKTHBHPOBAHHOIO AHTHI'€HOM T-KJIETOYHOTO PELENTOpa BHYTPh KICTKH.

18.6.2. Pazinunbie oTBeThl T-1MM(OIUTOB 0n0CPEIYIOTCS PA3HBIMH KJIACCAMH 3THX KJIeTOK [33]

T-nmumouuTs! yOUBAIOT KICTKH, HHQUIMPOBAHHBIC BUPYCAMH, A TAK)KE CHOCOOCTBYIOT HJIM HPOTHBOACHCTBYIOT OTBETaM APYTHX JICHKOLUTOB. DTN
TpU (YHKIHU OCYIIECTBISIOTCS Pa3HbIMH KiaaccaMu T-muM(pOnuTOB - yumomokcuueckumu T-xnemkamu, T-knemrxamu-xeanepamu (WM undykmopamu) u T-
KlemKamu-cynpeccopamu cootTBeTcTBeHHO. [{uroTokcnueckue T-kineTkn BMecTe ¢ B-kieTkamu - 310 riiaBHble 9 (EKTOpHbIe KIETKH HIMMYHHOU cuctemsl; T-
xennepsl 1 T-cynpeccopbl BMECTE HA3bIBAIOT T-KiemKamu-pezyisimopami.

U3 Tpex OCHOBHBIX KiaccoB T-KJIETOK MBI MEHbIIE Bcero 3HaeM o T-cympeccopax. M3BectHo, HampuMep, 94To T-Xenmepsl ¥ MUTOTOKCHYEeCKHe T-
KJICTKH MCIOJB3YIOT IS y3HABaHWS aHTHICHAa OJHM M Te )K€ peuentopbl (o/B-rerepomuMepsl), TOrAa Kak IPHPOJA PELEenTOpOB, UCHONB3yeMbIX T-
CyIpeccopamu, MOKa HesiCHa (XOTS 1Mo KpaiHel Mepe HEeKOTOpPbIe U3 HUX, BUAMMO, TOXKE HCIOJB3YIOT o/f-retepoaumepst). OaHa U3 IPUYNH OrPAHUICHHOCTH
Hammx 3HaHWil o T-cympeccopax COCTOMT B TOM, 4TO OBLIO UPE3BEIYAIHO TPYAHO IHOIYYUTh B KYJNBType KIOHBI 3THX KIETOK, B TO BpeMs KaK IIOTydaTb
AQHTHI€H-CIIeL(UYHBIC KJIOHBI [UTOTOKCHYECKHX T-KiieTok H T-XennepoB CpaBHUTEINBHO Jierko (pa3zn. 18.6.11).

Xots nuToToKCcH4eckue T-kieTkn M T-Xenmepbl HCIOJB3YIOT AHTUTCHHBIC PELENTOPbI, KOAUPYEMbIC OZHMMU M TEMHU K€ IyJaMH TIEHHBIX
CEIMEHTOB, OHH He MOTYT y3HaBaTh OJHHU H Te xke Monekynsl MHC na nmoBepxHocTH KiteTok. Takoe paznuume oTpaxaeT pasHble (QyHKINH KIETOK 9THUX ABYX
THUIIOB.

18.6.3. LiIntorokcnyeckue T-mumdonuTsl yOMBAIOT KJIETKH, HHPUIUPOBaHHbIe BUpPYcaMHu [34]

Bupycsl Bocpou3BoSITCS BHYTPH KIETOK, II6 OHH YKDPBITEI OT BO3JCHCTBHS aHTUTEIN; HO3TOMY HanOoiee 3()(EeKTHBHEIN CIOCO0 MPeJOTBPAaTUTh
UX PacHpOCTpaHEHUE Ha JPYrHe KJIETKH COCTOUT B TOM, YTOOBI YOHTh MH(UIMPOBAHHYIO KIETKY eIlle 0 Hadala cOOpPKH BHpyca. DTO U €CThb OCHOBHAs
(YHKIMS LUTOTOKCHYECKHX T-KieTOK. BBHIY BBICOKOTO pa3pyLIMTENBHOrO MOTEHIHMANA 3THX JIMM(OLUTOB YPE3BBIYAHO Ba)KHO, YTOOBI MX aTaka Obuia
OrpaHHYeHa TOIbKO HH(UIMPOBAHHBIMH KiIeTKaMH. Kak moka3ana MHKpPOKMHOCHEMKA, IUTOTOKCHYecKas T-KIeTka B KayKABIH JaHHBIH MOMEHT MOXET
COCPEIOTOYUTH CBOIO aTaKy JIMILIb Ha OJHON KJIETKE-MUILEHH, 1aXe eClu
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5 micm 10 mrm

Puc. 18-47. Llutotokcuueckas T-kieTka (MEHbIIAs U3 IBYX) H yOuBaeMasi €10 B KyJIbType KJIeTKa-MUIICHb. 4 1 b 31eKTpoHHbIe MuKpodoTorpadun; B-
KapTHHAa MMMYHO(ITyOPECIICHIIMH IT0CIIE OKPAIIMBAHUS aHTUTEIaMH K TyOymuHy. Llutorokcnyeckue T-kiieTkn ObUIN B3STHI Y MbIIICH, IMMYHU3UPOBAHHBIX
KJIETKaMU-MHIICHSIMH -9y)KEPOAHBIMHU OITyXOJIEBBIMHU KileTKamu. [1oka3ano, kak T-KiIeTka u KJIeTKa-MHIICHb CBA3BIBAIOTCS APYT C APYroM (4, B); na ¢oto b-
T-KyeTka ocie Toro, Kak oHa youia KieTKy-Mumens. O0paTuTe BHUMaHUe, 9TO y T-KJICTKH, HO He y KIeTKU-MHIICHH [IEHTPOCOMA H PAcXOIAIIIecs OT Hee
MHKPOTPYOOUKH OPHEHTHPOBAHBI B TOYKY MEXKKJIETOUHOTO KOHTaKTa (4 u 5 u3 D. Zagury et al., Eur. J. Immunol., 5, 818-822, 1975; B u3 B. Geiger et al., J.
Cell Biol., 95, 137-143, 1982. Copyright permission of the Rockefeller Univ. Press.)

C HEIO CBA3AJI0Ch HECKOJIBKO KIIETOK-MHUIIEHeH. KakuM e 06pa3oM IUTOTOKCHYECKas KJIETKA TaK TOYHO HAIpaBiIseT CBOIO aTaKy?

IMo-BuaANMOMY, HANpaBIAIOMMA MEXAaHU3M 3aBUCHT OT MEPECTPOHKH LMTOCKENETa LUTOTOKCHYECKON KIETKM B PE3ysbTaTe CIELH(HYECKOro
KOHTAKTa ¢ TIOBEPXHOCTHIO KJIETKH-MHIIEeHN. Ecnm nuroTokcnueckyro T-kieTKy BO BpeMs ee B3aUMOJSHCTBHS C aTaKyeMOil MUIIICHBIO IOMETHTh aHTHTENIAMHU
K TyOyJIHHY, TO MOXHO YBHJETb, YTO €€ ILIEHTPOCOMAa OPHUECHTHPOBAaHA B TOYKY KOHTAaKTa C KJIETKOH-MHIIeHbIo (puc. 18-47). Kpome Toro, eciu KieTky
MIOMETUTh AHTUTENIAMH K manuiny - OelKy, y4acTBYIOIEMY, BUIMMO, B COCAUHEHUH PELENTOPOB KJIETOYHOH MOBEPXHOCTU C KOPTHKAIbHBIMU AKTHHOBBIMH
¢dunamentamu (pazg. 11.2.8), To okaxeTcs, YTO TaJMH CKOHICHTPHPOBAH B KOPTEKCE LUTOTOKCHYECKOW KJIETKM B MECTE KOHTaKTa. MIMEIOTCS IaHHbBIC B
HOJIb3y TOrO, 4TO arperanus T-KJIETOYHBIX PELENTOPOB B YYAaCTKE KOHTaKTa MNPUBOJAMT K JIOKAIBHOMY TAJIMH-3aBHCHMOMY CKOIUIEHHIO aKTHHOBBIX
(HUIaMEHTOB; 3aTeM MEXaHH3M, 3aBUCUMBI OT MUKPOTPYOOYEK, OPHEHTHPYET LIEHTPOCOMY M CBA3aHHBIM ¢ HEIO anmapaT ['oJbKH K y4acTKy KOHTaKTa,
HAIpaByIsst BO3JCHCTBHE YOUBAIONIETo aliapaTa Ha KICTKY-MHUIICHb. AHAIOTHYHYIO MOJISPH3AIUIO UTOCKEIeTa MOXKHO HAaOMIOAaTh U NPH (YHKIIHOHATEHOM
B3auMojielicTBun T-xelnepa ¢ KJIE€TKOH, KOTOPOi OH «I1OMOraeT».

18.6.4. Kak nuurorokcuuyeckune T-kineTrku youpawor ceou mumienu? [35]

LIMTOTOKCHYECKHUE KIIETKU 3aIUIIAIOT HAC HE TOJBKO OT OOBIYHBIX BUPYCHBIX MH(EKIHHI, HO U OT OIyXOJIei BUPYCHOTO MPOUCX0kaAeHusA. OIHAKO
TaKWe OIYXOJIM COCTaBISIIOT, BEPOSATHO, MeHee 20% BceX 3JI0KAYECTBEHHBIX OMyXoJed uenmoBeka. Kpome TOro, MMerOIIMecs NaHHbIE HUKAK HE
CBUJICTENBCTBYIOT B I10JIb3Y TOIO, YTO UMMYHHBIC OTBETHI 3aIUMILAIOT HAC W OT OOJIBIIMHCTBA JPYTHX BUJIOB Paka: B YCIOBUSIX MMMYHOCYIPECCHH JHOAM H
9KCIEPUMEHTANILHBIE JKUBOTHBIE OOJIEe MOJBEPKEHBI BUPYCHBIM OIYXOJSAM (4 TaKXKE OIyXOJAM MPENONIaraéMoll BUPYCHOM IPUPOJIb), HO TOrO HEJB3S
CKa3aTh O CIOHTAHHBIX M XHMHYECKH HHIYIMPOBAHHBIX OIYXOJSAX. BONBINOW HHTEpeC BBI3BIBAET, OJHAKO, BO3MOXKHAS POJb HEUMMYHOIOTHUECKHX
MEXaHH3MOB B 3aiuTe oT paka. OIyXxoseBble KIETKH MOIIH Obl YHHUTOXATHCS MakpodaraMu MM eCTeCTBeHHbIME KieTkamu-kuiuiepamu (NK, natural killer
cells). NK-kieTku
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MIPEACTABISIIOT c000# TMM(OUUTONONO0O0HBIE KIETKH, BEPOSTHO, TAKOTO K€ Poja, 4To U K-KIeTku, KOTOpble YOMBAIOT 3yKAPHOTUUECKUE KIETKH, HOKPHITHIE
anTuTenamu (pasz. 18.2.5). Ho B ornmune ot K-kinerok NK-KiIeTkH MOTYT Takke CIIOHTaHHO M OTHOCHTENIBHO HECIELU(pHUISCKH yOHBaTh MHOTHE ONyXOJIEBBIC
1 MHQUIUPOBAHHbBIC BHPYCaMH KICTKH B KyJIbType B OTCYTCTBHE aHTUTEN. Kak OHM B 3THX CIydYasx OTIMYAIOT aHOMAJIbHBIC KJIETKH OT HOPMAJbHBIX, HE
HU3BECTHO.

Msbl He 3HaeM, KakuM oOpazoMm muroTokcmyeckue T-kiaetkn u NK-kierkn yoOuBaror cBom mumieHd. Hexoropele nuamu NK-kinerox u
LUTOTOKCHYECKUX T-KJIETOK, KOTOpPbIE MOKHO HEOIPEAEIECHHO AOJITO MOIJEPIKUBATH B KYJIbTYPE, MCIOJIB3YIOT IS TOr0 MEXaHU3M, BEPOSITHO, CXOJHBIA C
NIEHCTBUEM CHUCTEMbI KOMILIeMeHTa. CBS3bIBaHME C MHIICHSAMHU BEIET K BBICBOOOXKICHMIO ITUMH KJICTKAMH IMOPOOOPAa3yrOLIMX OEJIKOB, Ha3bIBAEMBIX
nepgopHHAMH, KOTOPHIC [OJIUMEPH3YIOTCS B IIa3MAaTHIECKOH MeMOpaHe KJIETKH-MHUIIEHH, IpeBpamiasch B TpaHCMeMOpaHHble kKaHaisl. Kak monaraior, st
KaHaJbl JIeJIal0T MEMOpaHy MPOHHULIAEMOH, YTO CIIOCOOCTBYET rudenu kieTku. IlepdopuHsl, KOTOpbIE TOMOJIOTMYHBI KOMIIOHEHTY KoMIuieMeHTa C9, XpaHsTcs
B CEKPETOPHBIX Iy3bIPbKax M OCBOOOKAAIOTCA IYTEM JIOKAILHOTO SK30LMTO3a B MECTE KOHTAKTa C KICTKOW-MHUILICHBIO. B CEKPETOPHBIX Iy3bIpbKax
COZIep)KATCs TAKXKE CEPHHOBBIE 3CTEPa3bl, OJHAKO HIPAIOT JHM OHHM KaKyl-JIMOO poib B TI'MOENM KISTKH-MHLICHH, HEHM3BECTHO. Ha aJIeKTpOHHBIX
mukpodoTorpadusix nepGpoprHOBBIE KaHATIbI B MEMOpaHe KICTOK-MUIICHEH BBINLIIAT OYCHb CXOJHO C KaHaliaMH, oOpasyembiMu KommoHeHTOM C9, U 310
MOJKPEIUIIET MBICIIb O CXOJCTBE MEXAaHU3MOB ACHCTBHS LUTOTOKCHYECKHUX KIETOK M KoMIuieMeHTa. OfHAKO OOBIYHBIC HUTOTOKCHYECKUE T-TMMQOLUTHI U
NK-KJIeTKH MOTYT yOMBaTh KJICTKU-MUILICHU U 0€3 ydacTHs nep(OpHUHOB, C IIOMOLIBI0 KAKOTO-TO MEXaHM3Ma, MOJICKYJISIpHAasi OCHOBAa KOTOPOTO HE M3BECTHA.
OyiHa U3 BO3MOXHOCTEH COCTOUT B TOM, YTO 3TH KJIETKH aKTUBUPYIOT B KJIETKE-MHUILICHH HEKMH BHYTPEHHUI MEXaHU3M caMOpa3pyIIeHHs, KOTOPBIN PUBOIUT
€€ K «CaMOyOHUICTBY».

Kakue mosekynbl y3HatoT NK-KJIeTKH Ha yOMBaEeMbIX HMHU MHUILCHSX, HEM3BECTHO. MEX/1y TEM BBISICHEHO, YTO [IUTOTOKCHYECKUE T-KICTKH y3HAIOT
BHPYCHBIC MOJICKYJIbI, CBsi3aHHbIe ¢ riukonporenHamMu MHC Ha MOBEpXHOCTH KIIETOK, HHPUIMPOBAHHBIX BHpycamu. OJHAKO JIHIIb HEJABHO YCTAHOBIICHA
pewatommas pons Monekys MHC B «mipecTaBieHHN aHTHIeHa T-KIeTKaM.

18.6.5. Mousiexyasl MHC onpene/isiioT 0TTOpPKeHHe TPaHCIJIaHTaTa [36]

O monekynax MHC 6b110 U3BeCTHO 3a/I0JIr0 JI0 TOrO, KaK CTaja IIOHATHA MX HOpManbHas (yHKuUA. OHM ObUIM TIIEPBOHAYAIBHO ONPEEIICHBI KAk
[JIABHBIC AHTHI'CHBI-MMILICHH B PEAKLHAX Ha TpaHCIUIAHTAT. Ilepecaska TKaHH B3POCJIOrO JOHOPA OCOOHM TOTO K€ BHIA (ALIOMPAHCHAAHMAYUS) UIA UHOTO
BUJIA (KCEHOMPAHCNAaHMayus) TPUBOUT OOBIYHO K €€ OTTOPXKEHHIO. DKCIEPHMEHTHI 10 TIepecaj ke KOKH MEXLY Pa3sHBIMH JIMHUAMH MBIIICH, TPOBE/ICHHBIC
B 50-X roax, IOKa3alu, YTO OMmopdiceHue mpancnianmama odyciIoBIEHO MMMYHHON peakIMell Ha 4y)KepOJIHbIC aHTUICHbI, HAXO/IAIINECS Ha TIOBEPXHOCTH
ero kierok. ITo3gHee ObUIO MOKA3aHO, YTO B 3THX PEAKLMSIX YYaCTBYIOT IJIABHBIM 00pa3oM T-KIETKM M YTO OHH HANPABJICHBI MPOTHB TCHETHYECKH
«4y)KCPOJHBIX» BAPHAHTOB TINHKONPOTCHHOB KICTOYHOH MOBEPXHOCTH, MONYYHBIIMX HA3BaHUE MOJEKY1 cucmocoemecmumocmu (T.e. COBMECTHMOCTH
TKaHeit). I3 Hux 0coGeHHO G0JIbIIoe 3HAUYCHHE MMEIOT 21a6Hble MONEKYIbl 2UCOCOBMECIUMOCIIU - CeMellcmeo TINKONPOTEHHOB, KOAUPYeMOe TeHaMH,
COCTaBJIAIOIMMHU IJIaBHBbIH KoMmIuIeke rucrocomectumoctd (MHC). Monekynst MHC uMeroTcss Ha MOBEPXHOCTH KJIETOK BCEX BBICHIMX [O3BOHOYHbIX.
Brepseie onn ObUIM HaiineHsl y Mblliel 1 Ha3BaHbl anTurenamu H-2 (histocompatibility-2). ¥ uenoBeka onu HocsT Ha3Banue HLA
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(human-leucocyte-associated), Tak Kak ObUTH EPBOHAYAIBHO OOHAPYKEHBI HA JICHKOLUTAX.

Tpu ynuButensHbix coiictBa Monekyl MHC B TeyeHMe MHOTHMX JIET CTaBHJIM MMMYHOJIOTOB B TyNHK. BO-NepBBIX, 3TH MOJIEKYJIbl 3aHUMAIOT
COBEPLIEHHO 0c000€ MECTO Cpell AHTUTCHOB-MHIIEHEH MO CBOEMY 3HA4YEHHMIO NpU T-KIETOUHBIX TPAHCIUIAHTALMOHHBIX PeakIHsX. Bo-BTOpHIX, y3HaBaTh
qysxepouble Mosekyiasl MHC MoxeT HeoObraHO Gombiuast fomst T-muMGponuToB: ecay Ha TUNHYHBINA BHPYCHBIH aHTHreH oTBedaeT MeHee 0,001% T-xmerok
OpraHu3Ma, TO Ha OJMHOYHbIN uyxeponHblii MHC-anturen pearupyer yxe 6oxee 0,1% T-knerok. B-tpeTbux, MHOTHE U3 JIOKYCOB, KOAUPYIOMINX MOJIEKYJIbI
MHC, 6oiee nonumopghuel, 4eM Kakue-nubo APYrue y BBICIIMX MMO3BOHOYHBIX. DTO O3HAYACT, YTO B MpeJciax AAHHOrO BHAA KaxIblil JIOKYC MpeJCTaBICH
HEOOBIYHO OOJIBIIMM YHCIIOM ajjieiedl (IbTepHATUBHBIX (OPM ONHOTO U TOTO K€ IeHa)-uX MOoXeT ObiTh Oonee 100, M KaIblif anjienab BCTpe4aeTcs B
HOMYJISIUM C OTHOCUTEIBHO BBICOKOH wacToToil. Ilo 3Toif mpuumHe, a TakkKe MOTOMY, YTO KaXIblii MHIMBHAYYM HMEET CEMb MM OOJBIIE JIOKYCOB,
koxupytomux Mosnekyiast MHC (cM. HMKE), OYeHb PEIKO MOXKHO BCTPETUTBH [jBa OPraHM3Ma, MMEIOLIMX MICHTUYHBIA Habop rimkonporenHoB MHC. Oto
JieTlaeT BeCbMa TPYIHBIM OA00P JOHOPOB M PEIUIHEHTOB IIPY TPAHCIUIAHTAIIME OPraHOB ITIOASAM (32 HCKIIOYEHHEM FeHETHICCKH HACHTHIHBIX OJIHM3HELOB).

OJIHaKO TI03BOHOYHBIM HE HY)KHA 3aIlMTA OT BTOP)KEHHS YyKEPOIHBIX KJICTOK JIPYTHX MO3BOHOUHBIX. [ToaTOMy Habmronaemas «onep uMocTby» T-
KJIETOK uy>kepoaHbIMH MoseKynaMd MHC u HCKIIOUUTENbHBIH MONUMOP(U3M 3TUX MOJIEKYJI OBUIH HE TOJBKO MPEMATCTBUEM I HEpPecajku OpraHoB, HO U
3arafikoil 1yis1 IMMYHOJIOTOB. 3arajka ObUla peleHa TOIBKO IIOCIEe TOTo, KaK BBIICHHIOCH, 4T0 MoaeKynsl MHC HampaBmstioT T-muMGponuTsl Ha Te KIETKU
COOCTBEHHOTO OpraHM3Ma, Ha IIOBEPXHOCTHM KOTOPBIX MMEIOTCS Hy)KEPOJHBIC aHTHI'CHBI, HalpUMEp Ha KICTKH, MHOHUIMpOBaHHBIE BHpycoM, Ilozke MbI
YBHHMM, KaK 3TO OTKPBITHE TIOMOIJIO B 3HAYUTEIbHON cTeneHu paspemnts 3aragky MHC (pa3a. 18.6.8).

18.6.6. CymiecTBYIOT 1Ba OCHOBHBIX KJjacca moJiekys MHC [37]

CymecTByIOT 1Ba OCHOBHEIX Kinacca Monekylnl MHC-xnacc I m knacc 11, Kaxuslii U3 KOTOPBHIX HpeICTaBIseT co00i HabOp TIIIMKOIPOTEHHOB
KJIETOYHON MOBEPXHOCTH, KOAUPYEMBIX JByMs CLEIUIEHHBIMHU I'PYIIIaMH I'€HOB, BMECTE COCTaBJISIOLIMX IJIABHBIH KOMIUIEKC I'MCTOCOBMECTUMOCTH (puc. 18-
48). I'mukonporenHsl 000MX KJIACCOB - T€TEPOAUMEPDI ¢ TOMOJIOTHYHOM 00LIel cTpyKTYpoii. X N-KOHIEBbIE JIOMEHBI IpeHA3HAUCHBI, 10-BUIUMOMY, JUIs
CBSI3BIBAHUSI AaHTUTCHA U €T0 IPEICTaBICHHS T-KIeTKaM.

Komnnexc H-2
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B a | i
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HLA- HLA- HLA
~ DP oqQ DR HLA.-B HLA-C HLA A
ng Y ] NN AN NN W W W
oS I f
X pomocoma G
YHNOBKa

Komnnekec HLA

Puc. 18-48. Cxema rennsix kommuiekcoB H-2 m HLA; nmoka3aHo pacroio:xeHue J0KycoB, koaupytomux riaukonporenasl MHC kinacca I (kpacHbIe y4acTKu) U
kiacca I (depubie yuactku). CyuecTByIoT TpH Tina rimkonporenHoB kinacca I (H-2K, H-2D u H-2L y mbimm; HLA-A, HLA-B 1 HLA-C y yenoseka);
KaXIIplil TTMKOTIPOTEUH COCTOMT M3 (-LICTTH, KOJIUPYEMOW OJIHMM M3 MOKA3aHHBIX 31€Ch JOKYCOB, U LIENH [3,-MHKPOII00yIMHA, KOJUPYEMOW TEHOM B JPYTOit
XpoMocoMe. Y MBI UMEIOTCs J1Ba THmna riukonporenHoB MHC kiacca I1-H-2A u H-2E; kablii U3 HUX COCTOMT U3 o-lienu U P-uernu. [loka3aHsl TOIBKO
Tpu THIA MoJIeKy kinacca 11 yenoBexka -HLA-DP, HLA-DQ 1 HLA-DR (ka)xaasi COCTOHT U3 0- U [3-LIeMH), XOTSI UMEIOTCS eIie [0 MEHBIICH Mepe OIHH WITH
nBa npyrux tana. Monekynst DP u DR genoseka romosnoruunsl H-2E mpimm, a DQ uenosexa H-2A mpimm. Bee 311 10Kychl CHIIbHO NONMUMOP(HBL, 32 ,
uckimouenneMm H-2F, u ero romonoros DP, u DR, y 4enoBeka, moaumMophu3M KOTOPBIX 3HAYUTEIbHO MEHbIIIE. B FeHHOM KOMILIEKCE €CTh U MHOT'O JPYTUX
JIOKYCOB, TIPOAYKTHI KOTOPbIX cX0/HbI ¢ Mosiekysamu MHC kiacca I, ogHako uX (yHKIMU HE U3BECTHBI.
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Puc. 18-49. Monexynsl rimukonporenHoB MHC knacca I (4 ) u knacca 11 (B). o-uens moneky:sl kiacca I aymuHoi
0KO0JIO 345 aMMHOKHMCIIOTHBIX OCTaTKOB MMEET TPU BHEKJIETOUHBIX JOMEHA, O , O H 03, KOAUPYEMBIX OTACIBHBIMU IK30HAMH.
MosekyJia HEKOBAJICHTHO CBsI3aHa C MOJHUIICNTHAHON LENbI0 MEHBIIHX Pa3MEpPOB - 3, MHKPOrI00yuHOM (96 aMHHOKHUCIIOT),
koTopelii He komupyercss B MHC. JlomeH 03 W [B-MHKpOTJIOOYIMH TOMOJIOTMYHBI JJOMEHAaM HMMYHOTJIOOYJIMHOB. [3-
MHukporiaoOyJInH HHBApUAHTEH, OJJHAKO O-IEMb YPEe3BbIYaHO MOMMMOP()HA - TJIABHBIM 00Pa30M 3TO OTHOCHTCS K JAOMEHaM
o U 0. [lyrem co3nanust (METOZaMH IEHETHYECKOH MH)KEHEpUH) TUOPUAHBIX T'€HOB, COJACPKALIMX B OJHOM JIOKYCE CMECh
9K30HOB 0] , O U O3 U3 Pa3HBIX aJUICNeH, M MOCIeayouIeil TpaHCHEKIMU 3TUMU TeHAaMH KyJbTUBHPYEMBIX (pudpobiacToB
OBLIO TIOKAa3aHO, YTO AHTUTCHHBIC JETCPMMHAHTHI, y3HaBaeMble T-KieTkamu, (OPMHPYIOTCS ITyTEM B3aUMOJCHCTBUS
JOMCHOB 0] M 0Ol

B cocrase monexyn MHC knacca 11 momumopdust 06e nemu (3 B 6oJbIIel CTENICHH, YeM a), IIIaBHBIM 00pa3oM 3a
cuer J0MeHOB ; ¥ Pi. JIOMEHBI 0, M [, TOMOJIOIMYHBI JOMEHAM HMMYHOTIJIOOYJIHHOB. DKCHEPHMEHTHI C TpaHC(EKIueH,
aHaJIOTUYHbIe ONUCAHHBIM BbilIe 11t Monekyal MHC macca I, mokaspiBaoT, 4TO aHTHI'€HHBIE I€TePMUHAHTBI MOJIEKYJI KJIacca
11, y3naBaembie T-kieTkamu, GOpMHUPYIOTCS COBMECTHO JOMEHAMU O U .

Takum o6pazom, rimkonporersl MHC kmaccoB 1 u Il BO MHOrOM HOpa3UTENBHO CXOAHBL. Y TEX U JPYTHUX
MMEIOTCS YeThIPe BHEKJICTOYHBIX JOMCHA, U3 KOTOPBIX TPH COAEPXKAT BHYTPHICMOYCUHBbIC IUCYIbGUAHBIC CBsA3U. [IBa
OmKalmX K MeMOpaHe JOMEHa MOJOOHBI MMMYHOIJIOOYJIMHOBBIM. [Ipyrue 1Ba JOMEHa B3aUMOJACHCTBYIOT, 00pasys
CIIOXKHYIO TPEXMEpHYIO IIOBEPXHOCTb; B JalbHEHINIEM MBI YBHAUM, YTO 3Ta IOBEPXHOCTb, IO-BUIVMOMY, CBSI3BIBACT
qy)KEpPOJHBIIl aHTHI'CH M HPEACTABISIET ero T-kieTkaM. Bee memnu, 3a HCKIIOYEHHEM [3,-MUKPOTIO0YIHHA, TITHKO3HINPOBAHBI
(Ha cxeMe He MOKa3aHo).

Kaxnprit ren monexyiast MHC kiacca I kopupyer oJiHy TpaHCMEMOPaHHYIO HOJMIENTUAHYIO Lenb (0003HayaeMyto o), 00jblIas 4yacTb KOTOPOi
CBEpHYTa B TPH BHEKICTOYHBIX TIIIOOYJISAPHBIX JOMEHa (0, O, 03). Kaxmas o-Lenb HEKOBAJCHTHO AacCCOLMHPOBAaHA C HEOOJBIIMM BHEKJIETOYHBIM
HETJIMKOIU3UPOBAHHBIM O€IKOM - Br-MUKpo2no6yaunom, KOTOPEI He CBSI3aH HEIIOCPEICTBEHHO ¢ MEMOpPaHOM U KOJUPYETCs OTACIBHBIM I'€HOM, HaXOISAIIIMCS
B apyroii xpomocome (puc. 18-49, 4). Kak B,-MHKpOrno0ynuH, Tak U JOMEH 03, PACIOJIOKCHHbIE OIIIDKEe K MeMOpaHe, TOMOJIOTHYHBI OTACIBHOMY JOMEHY
UMMYHOTJIOOYIMHOB. J[Ba N-KOHLIEBBIX JIOMEHA O-1IEIH, HauOoee ynaJeHHble 0T MeMOpaHbl, coaepKaT noauMopdHsie (BapuadenbHbIe) OCTATKH, KOTOPBIE
y3Harotcs: T-KIeTKaMHy IIpU TPaHCIUIAHTAIIMOHHBIX PEaKIHsX.

Mounexyast MHC kuimacca 11 Toxe mpeacTaBisiioT co0o0ii reTepoauMeps! ¢ IByMsI KOHCEPBATUBHBIMH HMMYHOTJIOOYIHHONOAOOHBIMU TOMEHAMHU
BOMM3M MeMOpaHBI M IByMs HONHUMOPGHBIMH (BapuabGenbHbIMH) N-KOHIEBBEIMH JOMEHAMH, PAcHONOKCHHBIMH Janblie oT MeMOpansl. OmHAaKo B 3THX
MoJIeKyax o0e nenu koaupyrorcs B npenenax MHC u 00e mpoxoist HackBo3b 4epe3 mMemOpany (puc. 18-49, B). Hamuume Ig-nomoOHBIX AOMEHOB B
rnuKonporenHax kiaccoB | u Il mo3Bosser npennonoxuts, 4o Monekysnsl MHC 1 anTHTeN1a MMEIOT 00110 3BOJIIOLIMOHHYIO UCTOpHIO (pa3a. 18.6.20).

Ectb Beckue JaHHBIC B IIOJIB3Y TOTO, 4TO moiauMopdHbie ob6mactu Moaeky1 MHC oboux kiaccoB B3aUMOACHCTBYIOT C Ty>KEPOJHBIM aHTUTCHOM U
9T0 MMEHHO KomIuteke Moaekyl MHC ¢ ayxepomHbIM aHTHUreHOM y3HaeTcst T-kieTodHsM penentopoM. OJHAKO MpEekie 4eM OOCYKAaTh 3TH TaHHBIEC, MBI
paccMOTpPUM Ty pas3iMYHyIO POJb, KOTOPYIO HIpaloT MoyeKynbl kiacca | um wmacca I, HampaBmssi murotokcmueckue T-mumdbouutsl U T-xemmepsl K
COOTBETCTBYIOLINM KJICTKAM-MUILICHSM.

I'maBHOe (yHKIMOHANBHOE pasznuuue Mexay Monekyramu MHC xiacca I m kimacca Il HaxXomuT OTpaskeHHE B MX PACIPENCNICHUM IO TKAHSM.
Mosnekynst MHC kiacca I skcnpeccupyroTcsi IpakTHYECKH Ha BCEX KIIETKAX, COAEPXKAIIUX AP0, TOra KaK pacupoCTpaHeHne MoJieKy kiacca I1 orpannueHo
B OCHOBHOM KJICTKaMH, YYaCTBYIOIMMA B UMMYHHBIX OTBETaX.



T-XENNEP

sl _~ PeuenTtop
. T-kneTku

_YymepoaHbin
aHTHreH

IFMUKONpoOTEUH _
MHC xnacca ||

o 1___\

AHm red-NnpeacTagnAKWER r.’

y

U,HIOTOKCHHFCKAH T-KNETKA

BupycHbin
aHTHreH

FnuKonpoTeuH G
MHC knacca |

Knetka-MiweHs

Puc. 18-50. Llutotoxcuyeckue T-KJIETKH y3HAIOT
4y KE€POJHbIC BUPYCHBIC aHTUI'€HbI B aCCOLMALIUH C
rimkonporenHaMu MHC kiacca | Ha noBepxHocTH
J000H KJIETKU-XO034MHA, Torna Kak T-xemmepbl
Y3HAIOT 4y)KEPOAHBIC AHTUICHBI B ACCOLMALMU C
rmkonporenHamu ~ MHC  kmacca I Ha
MOBEPXHOCTH AHMULEH-NPEeOCMABIAIowell KIemKu.
Ilpu TpaHCIIAHTALMOHHBIX PEAKIMAX KICTKHU-
XENHepbl TOXXE PearHpyloT HPOTHB YY)KEPOIHBIX
IIMKONpOoTenHOB Kinacca II, a murorokcuueckue
KJIETKU - TPOTHUB YY)XEPOJHBIX TJIMKOIPOTEHHOB
knacca 1.
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IIpyuKHOi Takoro pacmpeneieHus MOXKeT ObITh TO, YTO MOJEKYJbl Kiacca | y3Hatorcs
LUTOTOKCHYECKMMH T-KjIeTKaMu, KOTOpble IOJKHBI MMETh BO3MOXKHOCTb B3aHMOJEHCTBOBAaTh C
000 KIIETKO# opraHu3Ma, oKa3aBLICHCS 3apaKCHHOHW BUPYCOM, TOT/Ia KaK MOJICKYIbl kiacca II
y3HatoTcs  T-Xenmepamu, KOTOpblE B3aUMOJEHCTBYIOT B OCHOBHOM C JPYIMMH KJIETKaMu,
YUYacTBYIOIIMMH B HMMYHHBIX OTBETaX, TaKHMH Kak B-knerku u ammueen-npeocmasnarowue
xaemku (puc. 18-50, cm. Taxoke pas3a. 18.6.10). Baxneiimue cBoiictBa raukonporenHoB MHC nByx
KJIaCCOB CyMMMpPOBaHbI B Ta01. 18-2.

18.6.7. Llutorokcuyeckne T-K1eTKH y3HAIOT Yy:KePOJAHbIC AHTHI€HbI,
accouunpoBaHubie ¢ moJjiekyjJamu MHC kiacca 1 [38]

To, uto monekynsi MHC npenctaBisiioT 4y)KepOJHbIE AHTUTEHBI T-KieTKam, OBbLIO
BIIEPBBIE YETKO 1OKa3aHO B 1974 r. B 3KCIEPUMEHTE C LUTOTOKCHYECKUMH T-kieTkamu. Mbieit
nuHud X 3apakanu BuUpycoM A. Uepe3 cemb JHEH B Cele3¢HKE Y ITUX MbILICH ObUIM aKTHBHBIC
LOUTOTOKCHUYECKHE T-KJIeTKH, KOTOpbIe B KJICTOYHOH KyIbType MOIIH 332 HECKONBKO 9acoB YOHTh
3apakeHHBIC BHpycoM (ubpobmactel muann X. Kak u ciemoBamo oxuzmate, OHH yOUBaIU
(ubpobnacTel, MHOUIMPOBAHHBIE TOJNBKO BHPYCOM A, HO He BHpycoM B; cienoBareinbHo,
LOUTOTOKCcHUYecKHe T-KIeTku ObLIH BUpyC-crienuduanbl. OXHAKO HEOXKUJAHHO 0KA3aJI0Ch, YTO TE JKE
cample T-knerkn He yOuBaoT (GHOpPOOIACTOB, MHPHUIMPOBAHHBIX TEM XKE BHPYCOM A, €CIH 3TH
¢ubpodnacTsl B3ATH OT Mblel auHuM Y (puc. 18-51). 3Haunt, nuroTokcuyeckue T-TUMPOLUTEI
y3HABaIU HE OAUH TOJIBKO BUPYC, HO H KaKOE-TO Pa3IudHe MEeXIy AByMs THIamu (GuOpoOIacToB.
Hcnons3yst crienuanbHble JIMHUM MBINICH (Tak Ha3bIBaeMbIE KOH2eHHble JuHul), KOTOpbIe OBLIN
1100 TeHeTHYEeCKH WACHTHYHBI, 3a HCKIodYeHuneM jokycoB MHC kmacca I, nubo renernuecku
Pa3IMYHEL, 33 UCKIIOUYCHHEM TEX JKE JIOKYCOB, yAaloCh IOKA3aTh, YTO MH(GUIUPOBAHHBIC KICTKH-
MHIIEHd MOIJIM OBITh YOWTBHI TOJIBKO B TOM CIIydae, €CJIH OHH JKCIIPECCHPOBAIN XOTS OBI ONHY
takyto ke Mosekyny MHC kmacca I, 4ro u mnepBoHayaqbHO HMH(QHIMPOBAHHAS MBIIIb. JTO
nokasbiBanno, uto raukonporenasl MHC xmacca 1 HeoOXOoOMMBI UL NPEACTaBICHHS BHPYCHBIX
AQHTHT€HOB, CBS3aHHBIX C KJIETOYHOH MOBEPXHOCTHIO, uToTOKCH4YeckuM T-kierkam. ITockonbky T-
KJICTKU JaHHOH OCOOM Y3HAIOT aHTUIeH JIMIIb TOTZA, KOTAa OH acCOLMHUPOBAH C COOCTBEHHBIMH
monekynamu MHC 310l 0coOu, Takoe COBMECTHOE Y3HABAaHHWE YaCTO HA3bIBAIOT pecmpuxyueri
MHC. Tombko cmyctss 10 1eT B cepuu SKCHEPUMEHTOB C LUTOTOKCHYECKMMH T-KIIETKaMH,
pearupyolUMid Ha BHPYC TpHINIA, YAAIOCh BBIACHATH XHMHYECKYIO IPUPOAY BHPYCHBIX
AHTHT€HOB, Y3HABAEMBIX THMH KICTKAMH.

18.6.8. LiutoTokcnyeckue T-kaeTKH y3HAIOT parMeHTHI BUPYCHBIX
0€eJIKOB HAa NOBEPXHOCTH KJIETOK, MH(PULIHMPOBAHHBIX BUpPycamH [39]

C 60-x ronoB u3BecTHO, 4T0 T-KIeTKH, B OTIIMYME OT B-KieTok (M aHTHTEN). OOBIYHO HE Y3HAIOT
AQHTUICHHBIE AETEPMUHAHTHI B Oeske, 00pa3ylolieM TPETHUHYIO CTPYKTYpY (cM. puc. 18-23, 4), Ho
Y3HAIOT IETePMHHAHTHl Pa3BEePHYTOH MONUNENTHAHOH memu. IIpUYMHBI TOTO CTand HOHATHBI,
KOrZla HaKOINWINCh JIaHHBIE O TOM, YTO aHTUIEHbl, pas3iuyaemble T-KiIeTKamMH, OOBIYHO
PAcLICIUISIOTCS. BHYTPU KJIETKH-XO35HHA, Mpexkae 4eM UX (parMeHTsl OyayT HNpelCcTaBlIeHbl HA ee
MIOBEPXHOCTH (BHAYAJIE 3TO OBLIM JaHHEIE O TOM, KaK T-Xenmepsl y3HAIOT aHTHUTeH - CM. HIDKE, pasyl.
18.6.10). IlepBbIMM NpSAMBIMH [JAaHHBIMH O TaKOM MeEXaHW3ME IPEJCTaBICHUS aHTUIEHA
LUTOTOKCHUECKMM T-KIeTkaM ObUIO COOOLIEHHE O TOM, YTO HEKOTOphle LHUTOTOKcuueckue T-
KJIIeTKH, aKTUBHPOBAaHHBIE BHPYCOM TPHIINA, CHeNH(UUECKH y3HAIOT BHYTPEHHHE OCNKH BHUpYCa,
KOTOpBIE HE MOIIIH OBITh JOCTYNHBI B MHTaKTHOH BHPYCHOM dacTHie. 3aTeM ObUIM IOJyYEHBI
JJaHHBIE B M10JIb3Y TOTO, YTO



268

T-KNeTkW
yOueawoT
KNETKH-MULLIEHK
K tubpo-
Bupyc A GnacTam mbilen &

P nuHWK X, 3apa-
A HWEHHLIM BHDY

= —Tecom B

. K thmbBpo
GnacTam mMbilUeR
NWHMe X, 3apa
MEHHBIM BHPY
com A

fobasnenbl
¥ thubpo
BnacTam mbiwen
nHun Y, 3apa
HEHHBIM BUPY
com A

Puc. 18-51. Kinaccuyeckuii SKCIIEpUMEHT, KOTOPBIil OKa3aJl, YTO IIUTOTOKCHYECKas T-KIeTKa MOMHUMO BUPYCHOTO QaHTHI€HA Y3HAET U KAKOW-TO KOMIOHEHT
MIOBEPXHOCTHU KIETKH, HHGHIIMPOBAHHOI BUpycoM. ITyTeM MOBTOpPEHHS 9TOr0 OIBITA ¢ KIETKAMH-MUIICHSIMH, OTINYAIOIIIMHUCS OT KI€TOK HHOHITHPOBAHHOH
MBIIIH TOJBKO I10 OIPAHUYCHHBIM yYacTKaM I'eHOMa, ObUIO TOKa3aHo, YTO KOMIIOHSHT KJIIETOYHOMN OBEPXHOCTH, Y3HAaBaeMbIH LIUTOTOKCHYECKOi T-KieTKoii,
npexacrasisieT coboii raukonporenH MHC knacca 1. YOuBarouyto cnocoOHOCTh aKTHBHBIX IIUTOTOKCUYECKHUX T-KIETOK yJJOOHEe BCEro OLIEHUBATb, UCIIOJIb3Ys
PaJIMOAaKTHBHEIH n30ToM *'CT, KOTOPHIi OTIOMAETCS KUBBIMU KIETKAMH H 0CBOOOKIAETCS TOMBKO TOCe UX Tuéem. I103ToMy CTaHIapTHBIH METOT OLeHKH
aKTHBHOCTH ITUTOTOKCHUECKHX T-KJIETOK BKITIOYAET MX MHKYGAIMIO B TeUEHHE HECKONBKHX YaCOB C KJIETKAMU-MUIIEHAMH, conepramumy ~ CT, a 3aTeM
H3Mepenne KommuecTsa  Cr, 0CBOGOXKICHHOr0 U3 YOUTHIX KIETOK-MHUIICHEH.

T-KJIETKH y3HAOT (ParMeHThl BHYTPEHHUX BHPYCHBIX OCNIKOB. BHpPYyChl - BHYTPHKJICTOYHBIC MapasdThbl, U MX OCIKH CHHTE3UPYIOTCS IYTEM 3KCIIPECCHH
BUPYCHBIX TCHOB BHYTPH WH(GUUMPOBAHHOW KIETKU (pasi. 5.5). [I03TOMy MOXKHO MPEANONIOKUT, YTO HEKOTOpPbIE (parMeHThl 0OPa3yIOIIMXCs BUPYCHBIX
0EJIKOB «IIPOCAYMBAIOTCS Ha TOBEPXHOCTH 3aPAXKEHHOM KIETKH W CBA3BIBAIOTCS ¢ Mosiekynamu MHC nu6o Ha MOBEpXHOCTH, JUOO TIE-TO BHYTPH KIICTKH
(puc. 18-52).

Takyro TOYKY 3peHuUst MOJAKPEILUISIOT YKCIIEPUMEHTAIbHbIC JaHHbIE ABOSKOTO pojaa. Bo-mepBbix, eciid HOpMaibHble (PUOPOOIACTBI B KYJIBTYpe Ha
KOPOTKOE BpEMs IPUBECTH B CONMPHKOCHOBEHHE C ()parMeHTaMH BHYTPEHHETo Oelika Bupyca rpurnma (Hykieonporentna, HIT na puc. 18-52), T0o 3TH KIIETKH
OyIyT y3HaBaThCsl M YOMBATHCS LIUTOTOKCHYECKMMU T-KIIETKaMH, KOTOPBIC IIEPBOHAYAIBLHO ObLIM aKTHBHPOBaHbI (pUOpOGIacTaMK, 3apaKeHHBIMH BHPYCOM
TPUIIIA, HO TOJIBKO B TOM Cily4ae, eciid Te U JApyrue (GpuOpobIacThl SKCIPECCHUPYIOT OAHHM U Te ke rimkonporenasl MHC knacca 1. Bo-Brophix, ecinu B
HOpMaJbHbIE (HUOPOBIACTHI BBECTH TocienoBarenbHocTs JIHK, Koaupyroryio pparMeHT HyKJI€ONPOTEHMHA BUpyca TPHIIIA, TO TPaHCHEIHMPOBAHHBIE KIICTKH
Oy1yT yOUBATHCS TAKUMH XK€ LIATOTOKCUYECKUMH T-KJIETKaMH, KaK U B IEPBOM SKCIIEPUMEHTE. DTH U JIPYrUe SKCIICPUMEHTBI O3BOJISIOT

Taobaunua 18-2. CpoiictBa mosiekyn MHC kiacca 1 u kiacca 11

Knaccl Knacc II
I'eHeTnueckue J0Kychl H-2K, H-2D, H-2L y wmbimm; HLA-A, HLA-B, HLA-C y|I'pynnst /-4 u /-E y meiu; DP, DQ, DR
4eIoBeKa U OJHA WM JBE JApyrHe TIPYIIBl Yy
geoBeKa
CyObearHUYHAS CTPYKTYpa a-Llens (~ 45000 [1a) + B,-muxporaoOymun (11500 da) o-Lens (29000-34000 [a) + B-uens
(25000 28000 [1a)
Pacnpenenenue mexay KieTkamu Ha nosepxHocTy no4Tu Bcex KJIETOK, COAEPKAILUX SAPO Ha mnoBepxHoctu B-kieTtok, aHTHUTreH-
IPECTABIAIONINX KIIETOK,

OIUTENMANBHEIX ~ KIETOK THMyca H
HEKOTOPBIX JIPYTUX KIETOK

VYuyactue B OpeACTaBJICHUU aHTUI'CHA I'naBHBIM 06pa30M IMUTOTOKCHYCCKHUM T-kneTkam I'1aBHBIM 06pa30M T—xennepaM

JIUMOP(HBI JIOMEHBI, YaCTBYIOLIH! B| oy o 1 1
ITo (] e oMme acTBYIOLINE oy o o+
y3HaBaHUU T-KJIETOK U CBSI3bIBAHUM aHTUTCHA
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Puc. 18-52. IlutoTokcuyeckas T-kineTka yOuBaeT KIETKY, MHOUIMPOBAHHYIO BUPYCOM, B TOM CIIy4ae, €CJIM OHA y3HAeT ()parMEeHThl BUPYCHBIX OCIIKOB,
cBs3anHble ¢ MonekynamMu MHC kitacca I Ha HOBepXHOCTH 3apaXX€HHOH KIETKU. B mpencTaBieHHOM Ha cxeMe cilydae HeNTHIHbIE (hparMeHTsl 00pa3yroTcs U3
nykieonporenna (HIT) Bupyca rpurna; fuist IpocTOTHI TIOKa3aH TOJIBKO 3TOT BHYTPEHHHUI BUPYCHBIH OeioK. Paspyliaercs auiib O4eHb Majas J0JIst BUPYCHBIX

6eJIKOB, CHHTE3UPYEMBIX B KICTKE-MHULICHH. Kak MPONCXOANT HX paciieluieHne 1 Kak 00pa3yroIiiecs HeNTHAHBIC ()ParMeHThI JOCTUIAIOT IOBEPXHOCTH

KJICTKH, HEe U3BECTHO; HESICHO TAKXKe, TI€ 9TU (hparMeHTH! IEpBOHAYAIBHO aCCOIUUPYIOTCs ¢ rukonporenHamu MHC.

HpEeAroararh, 4To ()parMeHThl BUPYCHBIX OCIKOB MOTYT IIOAaTh HA IOBEPXHOCTh KJICTKU U CBA3BIBAThCS TaM ¢ Mosekytamu MHC kmacca 1.

Herpyznno cebe mpencTaBuTh, Kak MOXET IIPOUCXOJHUTH PACHICIICHHE BHPYCHBIX OCIKOB B MH(MHIMPOBAHHBIX KJIETKAaX, TAK KaK M3BECTHO, 4TO
[OYTH BCE KIETOYHbIC OCNKM HEHpephiBHO paspymarorcs (pa3n. 8.2.4). TpyaHee MOHATH, Kak (parMeHTHl BHPYCHOTO HYKJICONPOTEHHA MOMAJAI0T Ha
[OBEPXHOCTh KJICTKH, ITOCKOJBKY BHPYCHBIC OCIKH CHHTE3MPYIOTCS Ha LUTOIIIA3MAaTHYCCKHX PHOOCOMAX M B OOBIYHBIX YCIOBHSAX HE MMEIOT AOCTYNA K
MOJIOCTH DHJOIUIA3MATHYECKOI0 PETHKYIyMa, IJie OOBMMHO HAYWHAIOT CBOM IyTh OCNKH, IpefHa3HAUYeHHBIC IS KIETOYHOU moBepXHOcTH (pasm. 8.1.4).
Opnuako st y3HaBauust T-KiieTkaMu TPeOyIOTCs, BEPOSTHO, OYCHb HEOOJbBIINE KOMHYECTBA aHTHIeHa. [103TOMY CiydallHbIH BBIXOJ Aake HEOOBIION HOIH
(hparMeHTOB HyKJICOMPOTEHHA Ha KJIETOYHYIO IIOBEPXHOCTH MOXCT PUBECTH K 00PA30BAHUIO KICTKU-MHUIICHHU, KOTOPYIO MOT ObI y3HATh UTOTOKCHYECKUi T-
UM QOLHT.

18.6.9. PeHTreHOCTPYKTYPHBIi aHAJIN3 I03BOJISIET BbISBUTh AHTUI €H-CBA3BIBAIOLIUI y4acTok riaukonporenna MHC
kaacca I [40]

Tlonumanue Toro, kakum obOpasom monekyiasl MHC mpexacTaBisitoT aHTureH T-KiIeTkam, CHIBHO HPOABHHYNOCH B 1987 r., xorma meromaom
PEHTT€HOCTPYKTYPHOTO aHal3a OblIa H3ydeHa TpexMepHast cTpykrypa riaukonporenHna MHC kiacca I genoseka. Kak noka3ano Ha puc. 18-53, 4, aToT Genox
HMeEET eAMHCTBCHHBIN MPEe/III0IaracMblii aHTHI€H-CB3bIBAIOLIMIT yYaCTOK, HAXOILINICSA HA OHOM M3 KOHLIOB MOJIEKYJbl. OH COCTOMT U3 IyOOKOi 6G0po3 ik
MEXIy IBYMs JIUHHBIMH O-CIUPASIME, TIPUHAICKAIINMU JOMEHaM o; U 0,; OCHOBaHHE OOPO3IKH 00pa3yloT BOCEMb TsDKEH -CTPYKTYPHI B COCTaBE TeX JKE
JIOMeHOB. Pa3mepbl 00po3aKky - mpUMepHO 2,5 HM B mmpuHy W 10 HM B JuMHY. DTOro IOCTaTOYHO JUIs TOTO, YTOOBI pa3mecTuTh mentua uz 10-20
AMUHOKHUCJIOTHBIX OCTaTKOB B 3aBHCHMOCTH OT TOTO, HACKOJBKO IUIOTHO YJIOXKCHA €ro LeNb ITyTeM CBOPAaYMBaHMs WM M3rubanus. VHTepecHO, YTo B
KpUCTAUIM30BaHHOM Oelke 6opo3aka He ObLIa IMyCTOH: OHA COAeprKanda HeOONBIIYI0O MOJEKYITy HEH3BECTHOIO HMpoHCXoxAeHus. IIpenmonaraior, 4ro 3To0
HENTH]], KOTOPBIH OUUIACTCS ¥ KpUCTAIN3yeTcs BMecTe ¢ riaukonporenHoM MHC (puc. 18-53, 5). DTu 1aHHBIC 3aCTaBISIIOT 3alI003PHTh
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A. B[ CBOKY 5. BUA CBEPXY

Puc. 18-53. 4. Crpykrypa rmuxonporensa MHC xiacca I yenoBeka, ocHOBaHHAsI Ha JaHHBIX PEHTTCHOCTPYKTYPHOT'O aHAIN3a KPUCTAUIOB BHEKJICTOYHOMH
yacTH MoJIeKyJibl. [TyTem paciienienus NpoTeoInTHIECKUM (PEpPMEHTOM NarlanHOM BHEKJICTOYHAS YaCTh MOJIEKYJIbI OblIa OT/EIEHA OT TPAHCMEMOPAHHOTO
cermenTa. Oba 1oOMeHa, PacoIoKeHHbIE OJIIKE BCETO K IIa3MaTHIECKO MeMOpaHe (03- U [B,-MHKPOTIO0YIHHbI), CXOAHBI C THIMYHBIM JOMEHOM
MMMYHOTII00YIMHOB (cM. puc. 10-28, b). [IBa nomeHa, Hanboiee yaaieHHbIe OT MeMOpaHsI (0, ¥ 0), OY€Hb CXOIHBI MKy COOOH 1 00pa3yroT B BEpXHEil
YacTH MOJIEKYJIBI OOPO3/IKY -- IIPEJIIIONaraeMblii aHTHIeH-CBsA3bIBarOIHil yuyacTok. [Tonaratot, uro Monekyist MHC knacca Il nmeror BecbMa CX0/IHY10
CTpyKTypy. b. Bua cBepxy Ha HpearogaraeMyto aHTUTCH-CBSI3bIBAIOILYI0 OOPO3JIKY, COACPIKAIIYI0 HEOOIBIIYIO MOJICKYITy (BEpOSATHO, NIEHTHI), KOTOpast
ounmanack BMecte ¢ 6enkom MHC. menno sta gacts Monexynsl MHC B3aumoneiictByer ¢ T-xinerounsiM perentopoM. (ITo P. J. Biorkman et al., Nature,
329, 506-512, 1987.)

B OOpPO3/IKE AHTHI€H-CBSI3BIBAIOIINI yYaCTOK U YKa3bIBAIOT HA TO, YTO HENTHA, Oyaydn OQHAXKIBI CBI3aH C ITHM y4aCTKOM, AUCCOLMUPYET OYCHb MEIICHHO. B
TOJIb3y TOTrO FOBOPUT U TO, 4TO (HHOPOOIACTBI, KOPOTKOE BPEMs CONPHKACABIINECs ¢ (pparMEHTaMH HYKJICONPOTEHHA BUpPYCa TPUIINA, HE MEHEe TpeX JHeH
OCTAOTCSl MULICHSMH JULSl IUTOTOKCHYECKHX T-KJIETOK, CrIeU(HYHBIX B OTHOILCHUH 3TOrO BUpYyCa.

TonumopdHbIe aMHHOKHCIOTHBIE OcTaTKH ImukonpoTrernHa MHC (T. e. Te ocTaTKH, KOTOpbIE BaphHPYIOT B 3aBHCHMOCTH OT aJUICNBHON (pOPMBI
MOJIEKYJI 3TOTO THIIA) JOKAJIN30BaHBI OONbIIEl 4acThio MO0 BHYTpU OOPO3IKH, IJle OHH MOINH OBl CBSI3BIBATh aHTUTCH, MO0 Ha ee Kpasx, rae Obud OBl
OCTYIHBI A7 y3HaBaHus peuentopamu T-kietok. [lomaraiot, uto BaprabenbHocTs Monekya MHC kiacca I-pesynbrat oTOOpa, MPUBEALIETO K TOMY, YTO Y
HHUX MOSBHJIACh CIIOCOOHOCTD CBSI3BIBATH M IIPEJCTABISATH MHOXCCTBO PA3NIMYHBIX IEHTHIOB BHPYCHOTO MPOMCXOXKACHMS. TeM He MEHee MPOJOKaeT
YIHUBIIATH TO, YTO MAJIO€ YHUCIIO PA3INYHBIX aHTUTCH-CBSI3bIBa-
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fomux y4actkoB y monekyn MHC kiacca I maHHOro opranmsma (MakCHMyM IIECTh y 4YEJIOBCKA) MOXET CBSI3BIBATH BECbMa Pa3HOOOPA3HBIC BHPYCHBIC
HenTusl, cneupuyeckn y3HaBaemble T-knetkamu. Emie Gonee 3aragoyHsl B 9ToM oTHoMIeHHH riaukonpoterHsl MHC kiacca I, TpexmepHas ctpykTypa
KOTOpBIX, I0-BUIMMOMY, OYEHb CXO/IHA CO CTPYKTYpOi Mojekys kinacca 1. XoTsd y nHIuBHayyMa BblpabaThiBaeTCs BCEro Juiib npumepHo ot 10 no 20 Bunos
Monekyn kimacca Il (kakaas cO CBOMM COOCTBCHHBIM AHTUICH-CBSI3BIBAIOIIMM YYaCTKOM), 9TH MOJICKYJIBI, BHINMO, CIIOCOOHBI CBSI3BIBATh MPAKTHYCCKU
HEOrpaHMYEHHOE MHOXKECTBO UyXKEPOJHBIX IENTHIOB M IPEACTABIATh MX T-Xelmepam, KOTOPbIE HIPAIOT PELIAIONIYIO POJb HMOYTH BO BCEX MMMYHHBIX
OTBETAaXx.

18.6.10. T-xesmepsbl Y3HAIOT (PparMeHTHI YYKePOAHbIX AHTUT€HOB B accouuanuu ¢ riaukonporennamu MHC kaacca 11 na
MOBEPXHOCTH AHTUTeH-TPEACTABIAIOIINX KJIETOK [41]

T-xenmeps! HeoOXoaUMBI MTUMQoONHUTaM OONBIIMHCTBA APYTHX THIIOB JUIS ONTHMAIBHOIO OTBETa Ha aHTHUIeH. Pemaromryro pons T-xenmepos B
HMMYHUTETE JPAMAaTHYECKU JIEMOHCTPUPYET OIYCTOLIMTENbHAs OSNUAEMHs CUHIpoMa mpuodpereHHoro ummyHoneduunura (CIINJL). 3aboneBanue
BBI3BIBACTCSI PETPOBHPYCOM (BUPYCOM MMMyHoedumuTa yenoBeka, BUY), kotoperii yousaet T-Xenmeps! # TeM caMbIM NIPUBOJUT B HETOZHOCTh HMMYHHYIO
cucTeMy: OONBHOH CTaHOBHTCA BOCIPHUMYMBBIM K. 3apaKEHHIO MHMKPOOPTaHHM3MaMH, KOTOpBIE PEIKO MH(UIMPYIOT 3I0POBBIX JoAed. B pesymprare
6ompimucTBO 601bHBIX CITH/loM yMupaeT B TeUeHHE HECKOJIBKUX JIET MOCIIE MOSBICHUS CHMITOMOB OOJIE3HH.

Ipexne gem T-xenmmeps! CMOTYT IOMOraTh APYrHM TMM(OLHUTaM OTBeYaTh HA aHTHICH, OHH JOJDKHBI OBITH CHAYajga aKTHBUPOBAHBI CaMU. JTa
aKTUBAIMS INIPOUCXOMUT TOTJA, Korja T-Xelmep y3HaeT 4y)KepOAHBIM aHTUIeH, CBs3aHHBIM ¢ rimkomporenHoM MHC kmacca II Ha moBepxHOCTH
CICLHAIM3UPOBAHHON AHTUTCH-TIPEJICTABISIONICH KiIeTKH. Takue KIETKH MMEITCS B OOJBIIMHCTBE TKaHed. OHM NPOUCXOAAT M3 KOCTHOTO MO3ra H
COCTaBJIAIOT T€TEPOreHHYIO MOMYJINHUIO, BKIIOYAIONIYI0 ICHAPHTHBIC KICTKH TUMGOHIHBIX OPraHOB, KICTKH JlaHrepranca B KOXe€ M ONPEICICHHBIC THIIBI
Makpodaros. Bce 3Tn cnenmannsnpoBaHHBIE aHTUTCH-TIPEJICTABIIONIME KIETKM BMeCTe ¢ B-KieTkamm, KOTOpBIE TOXE MOTYT NPEJICTABIATH aHTHIeH T-
xennepaM (CM. HHXKE), M SNUTETHAIbHBIMU KJIETKaMU TUMyca (pasj. 18.6.17) - 3To IyaBHBIE THIIBI KJIETOK, B HOPME dKCHpPECCHpPYIOIMX MoseKyasl MHC
kiacca II (cm. Taba. 18-2).

Pa3Ho0Opa3HbIe KCIIEPUMEHTEI JIEMOHCTPHUPYIOT HEHTpanbHy0 ponb Monekyn MHC kmacca II B mpencraBiieHHH 49yKEpOIHBIX aHTHUTEHOB T-
xennepaM. Hampumep, cBs3bIBaHME aHTHTEN C 3THMU MOJIEKyJIaMU OJIOKHPYEeT CIIOCOOHOCTh KIETOK IMPEACTaBiATh aHTUreH. M Haobopot, pubpobiactsl,
KoTopsle He BbIpabarsBaloT Monekyn MHC kmacca Il u He MOTYT IpeACTaBIATH Uy)KepoJble aHTHICHBI T-XelmepaMm, MOJKHO HPEBPAaTUTh B d(PQeKTUBHBIC
AHTUTEH-TIPEJICTABIIAIONINE KJICTKU MyTEM UX TpaHChEeKIMu TeHoM, koaupyrommm Moekyry MHC kmacca I1.

Tak ke KaKk M BUPYCHBIC aHTUTCHBI, NIPEACTABISEMbIC LIUTOTOKCHYECKMM T-KieTKaM, aHTHUTEHbI, NpescTaBisiemMble T-xelnmepam, - 3T0 OOBIYHO
(parMeHTHI pa3pyIICHHBIX Ty)KepOIHbIX OenkoB. [lomararor, 4To 3TH menTUAbI cBa3aHbl ¢ MoneKynamu MHC ximacca Il Takum ke cmocoOoM, Kak MemTHIbI
BUpycHOro mpoucxoxieHus c¢ Mosekynramu MHC xkmacca I (cm. puc. 18-53). Opmako B ommmunMe OT HHGHIMPOBAHHOH BHPYCOM MHIICHH IS
IUTOTOKCHYEeCKOi T-KIEeTKH aHTHIeH-NPEACTaBIIAIOIas KIEeTKa He CHHTE3UPYeT 4yKepoaHblili Oeslok. BMecto 3Toro uysxepojHsie O€NKH, NO-BHANMOMY,
MOTJIOIIAFOTCS ITYyTEM SHAOLUTO3a U YACTHYHO PACIICIUIAIOTCS B KMCIION CpeJie DHAOCOM HIIH HIOIU30coM (pasa. 6.5.9), mocie yero oTnenbHbIe uxX dpar-
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Puc. 18-54. 'unoreTnyeckas cxema «00pabOTKM» OENKOBBIX AaHTHI'€HOB M MX MPEACTABICHHUS aHTHICH-TIPEACTABIIIOLIMME KJIeTKaMu. bputo mokaszaHo, 4to
rikornporenasl MHC penupKyaIupyoT (T. €. COBEpIIAalOT Kpyroo0opoT) yepe3 SHAO0COMHbIH KOMIIAPTMEHT; TOTOMY OHH MOIJIH OBl CHaJaia
ACCOLIMMPOBATHCS € NMENTUIHBIMU (pparMeHTaMu B SHI0JIM30COMHOM KOMITAPTMEHTE, a 3aTeM BO3BPAILATHCS Ha KIETOYHYIO OBEPXHOCTh CO CBS3AHHBIM
menTUa0OM (Ha CXeMe HE IMOKa3aHo).

MEHTBI BO3BPALIAIOTCSA HA KJIETOYHYIO MIOBEPXHOCTH - MOCIIEIOBATEIbHOCTh COOBITHH, Ha3bIBa€Masi B COBOKYITHOCTH NPOLECCHHIOM aHTHIeHa (puc. 18-54).
Ecau G10KMpOBaTh SHAOLUTO3 MyTEM Cl1a00H (QUKCALMK aHTUTEH-NPENCTABISIONINX KICTOK (HanpuMep, (GOpMalIbAETuI0M) WM HHTHOUPOBATh MPOTEOIH3 B
9HJOJIM30COMAX M JH30COMax (HalpuMep, XJIOPOXHHOM), ITH KIETKH YK€ HE MOT'YT OCYIIECTBIATh MPOLECCHHT Yy)KEPOIHOro OelKa U MPeACTaBIATh ero T-
xennepaMm. OzpHako o0paboTaHHBIE TAKUM O0Pa3oM KJIETKH €lle CIOCOOHBI NPECTaBIATh OEJOK, eciu nepel 100aBIeHHEM K KIETKaM pAaclleNnuTb €ro Ha
HeOospime nentuap! (AauHoit 10-15 aMHHOKHCITIOT).

Ilopa3surensHOe CBOMCTBO AHTUIEH-NPEACTABIAIONICH KIETKHM COCTOUT B TOM, YTO OHAa MOXKET IIOJBEPrarh MHPOLECCHHTY M HPEICTABIATH
cooTBeTcTByIomeMy T-xenmepy npakTH4eckd I000it anturen. Takoe OTCYTCTBHE AHTUICHHOH CrEHHM(MYHOCTH YKa3blBaCT HA TO, YTO AHTUICH-
[PEACTABISIIOIINE KICTKH, BUAUMO, IIOTJIOINAIOT aHTHICH MyTEeM >KHAKO(A3HOTo, a He OMOCPELOBAHHOTO PELenTopaMy 3HaouuTo3a (pasa. 6.5.7). Eciau sto
TaK, TOTAA OOJBIIMHCTBO IIOTJIOIICHHBIX M Pa3pyIICHHBIX OEIKOB OyAyT «CBOMMM» O€NKaMH, HMEeNTUAHbIC (parMeHTHl KOTOPBIX 3aiMyT CBS3BIBAIOIHE
yuactku MHOrux moiekya MHC knacca II. Kax nonarator, mnst akruBaiuu T-xennepa Q0CTaTOYHO TOTO, YTOObI Yy:KEPOAHBIC MENTHABI IPUCOCTUHIINCH K
HebosbIoi 1one monexya MHC.

18.6.11. T-xeanepbl CTUMYJTUPYIOT npoJudepauuio T-1uM(pOUUTOB MyTeM ceKpennn HHTepaeiiknHa-2 [42]

AxrtuBarus T-xenmepa - CIOXKHBIH IPOLecC, B HEM Y4acTBYIOT pa3jInyuHbIe CEKPETHPYEMbIe OENKH, KOTOpbIe HOCAT Ha3BaHHE HHTEPJIEHKHHOB U
NIEHCTBYIOT KaK JOKalbHble XUMHYECKUE MEIHATOphl. AKTHBALMA, BUAMMO, HAUHHACTCSA C TOro, YyTo T-KjIeTka KaKHM-TO HEH3BECTHBIM 00pa3oM IoOYKAaeT
AHTHT€H-TIPEICTaBILIONIYI0 KJIETKY CEKPETHPOBAaTh OJUH MIIH HECKOIbKO HHTepieiiknHoB. Hanmbonee M3ydeHHBI U3 9TUX MeAnaTopoB HHTepJeiikun-1 (IL-
1). Kombunuposannoe Bozaeiictaue 1L-1 (1, BO3MOXHO, IPYTrHX MHTEPICHKHHOB) U CBS3BIBAHUS aHTUICHA, OJIHAKO, HE CTUMYJIUPYET HPsIMO Hpoudepariio
T-xennepoB. BMecTo 3TOro 0HO NPUBOAUT K CTUMYJIALMU T-KIETKOW ee COOCTBEHHOM mposndepanuu - 3actaBisier T-KIETKy CEeKpeTHpoBaTh (akTop pocra,
Ha3blBaeMbld MHTepaeiknHoM-2 (IL-2), ¥ cuHTe3upoBaTh IS HErO0 PELENTOpPH, KOTOphIe OyIyT HAaXOAHTHCS Ha KICTOYHOH MOBEpXHOCTH. MMeHHO
ces3piBande 1L-2 ¢ atumu penenrtopamu crumyiupyer nponudepamuio T-xinerku. Takum myTem T-xenmep MOXeT NMPOJOIDKAaTh MPOIU(EpHpOBaTh MPH
YYaCTUH aymoKpurno2o mexanusma (pasn. 12.1.7), mocie TOro Kak OH OTOHAET OT MOBEPXHOCTH aHTHUI€H-TIPEICTABIISAIOLIEH
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AHTUINEH-NPeACTABNAOWAR KNeTKa
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e e NPONUBEPALIMA
T
®parment [ | —
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Puc. 18-55. [Ipennonaraemasi HOCIEAOBATEIBLHOCTE COOBITHH IPH CTUMYIISIAH T-XeINepoB aHTHT€HOM, OOy XKIAIOMIeil 3TH KIeTKU K IPoIH(peparyy.
CasasbiBaHue T-KJIETKH ¢ aHTUI'€HOM Ha IIOBEPXHOCTH aHTHUI€H-TIPECTABIISIOIIEN KIETKH 3aCTaBIseT T-KIE€TOUHBIH peLenTop 3ayCTUTh
HMHO3UTON(GOCHOTUNUIHBIA CUTHANBHBIH MyTh (pa3n. 12.3.9) (curnan 1). B pesynbrare T-ki1eTka KakuM-To 00pa3oM CTUMYJIHPYET aHTUICH-TIPEACTABISIOULY IO
KJIeTKy (curHan 2). Torja aHTHreH-NIpeACTaBNIAIOas KIETKa CEKPETUPYET HHTEPICHKNHBI, B 9acTHOCTH HHTepineiikun-1 (IL-1), koTopsie cioco6cTBYIOT
axtuBaiuy T-kinetku (curnan 3). AkTuBupoBanHas T-KiIeTka CHHTE3HpPYeT penenTopsl Juist natep-neiikuna-2 (IL-2) u cexpernupyer IL-2; ceasbiBanne IL-2 ¢
IL-2-peuentopamu (curHain 4) CTUMYJIHPYET POCT U JieNieHne KIeTKH. [locne ycTpaHeHns: aHTUTIeHa IpeKpaniaeTcs B KOHLE KOHLOB U oOpa3oBanue 1L-2 u IL-
2-pelenTopoB; B pe3yIpTaTe NpoIndeparys KIETOK OCTAHABIMBACTCS.

kietkH (puc. 18-55). T-xenmepsl MOTYT TakKe MOMOTaTh CTUMYJIHPOBATh Npoiudepanuio Jo0bIX Apyrux T-KIETOK, BKII0Yas HUTOTOKCHYecKue T-KIIeTKHU, B
KOTOpBIX ObLIa paHee HHAYIHpOBaHa 3Kcmpeccus perentopos IL-2. Ho, mockombky skcmpeccust penentopoB IL-2 cTporo 3aBHCHT OT CTHMYILIIUH
AQHTHI'€HOM, 9TO IPUBOAUT K Hponudepanyu He BceX T-KIEeTOK, a TOIBKO TeX, KOTOPBIC yXKe BCTPETHIINCH C AaHTUTCHOM.

Crowno mumb BBUSIBUTH HEOOXOAMMBIC i mpomudepanun T-KIETOK YCIOBHS, Kak IIOSBHIACH BO3MOXXHOCTH MOJy4YaTh HEOIPAHUYCHHO
nponudepupyomue aHTUreH-CIelupuIecKue JIMHIHA T-KIeTOK B KyJIbType IIyTeM HEeNpephIBHOTO no0aBieHus I1L-2 n neproandeckol CTUMYIAIHA KIETOK
AQHTHI'€HOM C LIEJIBI0 MOANEPIKUBATH dKCIpeccuio peuentopos IL-2. V3 Takux JIMHUNA MOXKHO OBUIO 3aTeM BBIACIATH OAWHOYHBIE KICTKH M IOIy4YaTh KIOHBI T-
KiIeTok. Kak Mbl y)ke BHAEIM, TAaKUE KJIOHBI ChI'PAll PEIIAIOLIYI0 POJb B HcciefoBaHUM T-kieTok. Hampumep, oHM MO3BOJIMIM BBIICIUTH T-KIICTOYHBIC
pEeLenTopbl ¥ UX IeHbBl; KPOME TOr0, OHU IMMPOKO HCIOIb30BAINCH UL U3YUCHHUS MEXAaHH3MOB aKTHBAIUH T-KIETOK M poilH T-XeNmepoB B CTUMYIAIHU
OTBETOB JPYTHX JTUM(POLUTOB.

18.6.12. T-xesmepb! He00X0AUMBI 00JbIIHHCTBY B-1uM$onuTOB 171 0TBeTa HAa aHTUTeH [43]

T-xennepsl HyXKHBI U1 BRIPAOOTKH B-KieTkaMu aHTHTEN K OOJBIIMHCTBY aHTUTE€HOB. DTO OBLIO BIIEPBBIC YCTAHOBJIEHO B cepeanHe 60-X ronoB B
JKCIICPHMEHTaX, B KOTOPHIX OOJy4EHHBIM MBIIIAM BMECTE C aHTHT'€HOM BBOAMIIM KIIETKH THMYCa I KOCTHOTO MO3ra. MBIIIH, IIOIyYUBIINE TOIBKO KICTKU
KOCTHOTO MO3ra HJIM TOJIBKO KIETKH THMYyca, OBbUIM HECIOCOOHBI BBIpAOATHIBATh AHTUTENA; OJHAKO, €CIH BBOJMIACH CMECh Te€X H JPYTuX KIETOK
00pa30BBIBANMCH OOJIBIIME KOJIMYECTBa aHTHTEN. [lo3aHee ObUIO IMOKAa3aHO YTO THMYC MOCTaBIsieT T-KIETKH, a KOCTHBI MO3r - B-kierku (puc. 18-56)
Hcnons3yst crienu(puIeckuii XpOMOCOMHBI MapKep A pa3iHdeHHs BBEICHHBIX T- M B-KieTok, ynamock mokasarb, 4TO JHMMOIMTEHI, CEKPETHUPYIOLINE
aHTUTENa, - 5T0 B-KineTku. bbul caenan BbIBo, 4TO T-KIETKH, BEPOATHO. IOMOraloT B-KileTkaM pearnpoBaTh Ha aHTUTEH.

OnHaKko CyIIECTBYIOT AaHTHTEHBI, B TOM 4YHCIE MHOTHE HOJHCaXapuabl MHKPOOPTaHH3MOB, KOTOPBIE MOTYT CTHMYJIHPOBATh NIPOIH(MEpaIHIo
cospeBanne B-mumdormroB 6e3 momomu T-kinerok. Takue He3aBHCHMBlE OT T-KJIETOK aHTUTEHBI - 3TO OOBIMHO BBICOKOMOJEKYISPHBIC IIOIHMEpPHI C
MOBTOPSIOIIMMHUCS MICHTHYHBIMHA aHTHI'CHHBIMU JETEPMHHAHTaMU. MHOIO LIEHTPOBOE CBSI3bIBAHUE TAKHX AHTUTCHOB ¢ MEMOPAHOCBSI3aHHBIMU MOJICKYJIAMH
aHTHTEN - AaHTUTCHHBIMH PELeNTOPaMU B-KIIeTok - MOXKeT HaBaTh CHIHAJ, JOCTATOUHO CHIIBHBIA AT IPSIMOI akTHBauu B-Kkierok. MIMeloTcst JaHHEIE O TOM,
9TO KJICTKH, OTBEUAIOIHE TAKUM 00pa3oM Ha MyJIbTHMEPHBIE
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Puc. 18-56. DxcriepuMeHT, BliepBble NOKA3aBIIMH, YTO JJ1s1 00pa30BaHUs AHTUTEN KUBOTHOMY, BEPOATHO, HEOOX0 MBI Kak T-, Tak 1 B-knerku. [1pu
HCIIOJIB30BAaHHBIX 103aX O0IyYCHHs y MBIIIN [IOTHOAIOT T€ U APYyTHUE.

AHTHI€HbI, COCTABJIAIOT OOJIbIIEH YaCThIO OTAECIbHYIO CyONOMy LU0 B-KIeToK, KOTOphIE 9BOMIONMOHUPOBAIH B HAIPABICHUH PEAKIHU IPOTUB MHKPOOHBIX
nonucaxapuioB 6e3 nomomu T-KiIeTok.

18.6.13. T-xesmepbl IOMOralT AKTHBUPOBATH B-KiIeTKH myTeM ceKpeluu HHTepJIeiKHHOB [44]

Byny4n akTHBUpPOBaH 4y)KEPOJHBIM aHTHUI'€HOM Ha MOBEPXHOCTH CIELUAIM3MPOBAHHON aHTHICH-NPE/ICTABIISIOIICH KIETKH, COOTBETCTBYoIHil T-
XeJImep MOXKET IIOMOTaTh AKTHBAllMH B-KIETKH IyTeM CBS3BIBAHMSA C TeM XK€ CaMbIM 4YyXXEPOJHBIM AHTUTCHOM HA €€ IOBEPXHOCTH. AHTHIEH-
IpeJCTaBIAIONAs KIeTKa 3aXBaThIBACT U NPEICTABIACT aHTHUICHBI Hecmenuduueckd (CM. BBINIE), HO B-KieTka, kKak HPaBUiIO, HPEACTABIAECT TOIBKO TOT
AHTUTEH, KOTOPHIil OHA crenndUIecK: y3HaeT. AHTHICH OTOMpAeTCs B Pe3yJbTaTe €ro MPHCOCANHEHUS K CHEelN(HIYeCKUM MeMOPaHOCBA3aHHBIM aHTUTEIaM
(aHTUI'€HHBIM PELENTOpPaM) Ha MOBEPXHOCTU B-KIETKH; OH MOIVIOLIAETCS ¢ HOMOILBIO ONOCPEIOBAHHOIO PElenTopaMu 3HA0IMTO3a (pas3n. 6.5.7), a 3arem
paspyliaeTcsi ¥ BHOBb IOSIBISIETCS Ha KJICTOYHOH MOBEPXHOCTH B BHJE INENTHIOB, CBA3aHHBIX ¢ riukonporenHamu MHC knacca Il ans y3naBanms T-
xennepom. Takum obpasom, T-xenmep y3HaeT Ha B-kiieTke, KOTOpoH OH IIOMOraeT, Te e camble KomIuiekchl aHTureH-MHC, 4to m Ha aHTHreH-
MIPE/ICTABIISIOIICH KIIETKE, IIEPBOHAYAIILHO aKTUBUPOBaBILEH T-KIeTKYy.

Crneunduyeckuii KOHTaKT Mexay T-xennepom u B-KiIeTKoi BbI3bIBACT B LUTOILIA3ME XeJIEpa BHYTPEHHIOI MEPECTPOIKY, B pE3yJIbTaTe KOTOPOH
LIEHTPOCOMA U ammapaT I'oJIbKi OPHEHTUPYIOTCS B HAIPaBICHUN B-KJIETKH, KaK 3TO MPOMCXOJMT B LUTOTOKCHYECKOH T-KiIeTKe NpU KOHTAKTE C KJICTKOM-
MUIIEHbIO (CM. Bblme, puc. 18-47). B naHHOM ciiydae, OAHAKO, OpUEHTALMUs, MO-BUIMMOMY, IAa€T BO3MOXXHOCTb T-XeJnepy HamnpaBisTh CEKpPELUIO
UHTEpICHKUHOB Ha MOBEPXHOCTh B-KileTkH (a Takke, BO3MOXKHO, COCPEIOTOUNBATH 3/16Ch MEMOPaHOCBI3aHHbIC CUTHAIBHBIC MOJICKYJIBI). DTH HHTCPICHKUHEI
BKJIFOYAIOT [L-4, KOTOpBIA MHMUMMpPYET aKTUBALMIO B-kierTkw, [L-5, KOTOpBI CTUMyIHpyeT Nponudepannio akTUBUPOBAHHBIX B-kmetok, u [L-6,
BBI3BIBAIOIHI CO3peBaHHE aKTUBHPOBAaHHBIX B-KIIETOK M IIpeBpalleHne Hx
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Puc. 18-57. B akruBaiuu B-kieTok Ha paHHHX €€ 3Tanax yyacTBYIOT IO MEHbLICH MEpE TPU TUIA CUTHAJIOB. OTHOCUTEIBHOE 3HAUYCHUE ITUX CUI'HAJIOB HE
H3BECTHO; OHO MOYKET BAPEUPOBATH B 3aBUCHUMOCTH OT THIIA B-KkieTok 1 anTurena. Curnan | BO3HUKAeT IIPH CBA3BIBAHMYM aHTHIEHA; B €r0 Iepejade, 1o-
BHIUMOMY, y4acTBYIOT HHO3UTON(DOCHOINITNIHBIA CUTHAIBHBINA IMyTh (pa3z. 12.3.9). DToT curHan akTUBUpYeT B-KIeTKy 1 MOXET MHIYLIMPOBATh
9KCIIPECCHIO PEIIEITOPOB I HEKOTOPHIX HHTEPIECHKUHOB, BhIpabaThiBaeMbIX T-xenmepamu. 3aTeM B-kiieTka mornomaer u pa3pymaer aHTHIeH (Ha CXeMe He
MI0Ka3aHO) ¥ MPEJCTaBIsAeT Hebombmue GparMeHTs! aHTHTeHa B accormaluy ¢ Morekyinamu MHC kmacca II T-xenmepy. Jlaet i cBs3piBanue T-KineTku
curHan B-kieTke (3T0 MOKa3aHO HAa PUCYHKE KaK CHTHAI 2) WM CILY’KHT JIMIIb JUIA TOTO, 4TOOBI HAIIPABUTh CeKpenuto nutepineiiknua-4 (IL-4) n npyrux
HHTEPJICHKMHOB (HE MOKA3aHO0) Ha MOBEPXHOCTh B-kieTku (curHai 3), He sicHo. Kpome aktuBanuu B-kieTku, curaain 3 takoke CTUMYJIHMpyeT oOpa3oBaHHe
KJIeTKOM Ooubiiero konudectsa riuukonporennoB MHC kiacca II, TeM caMbIM ycunuBasi CHocOOHOCTE B-kiieTok BocpHHEMATh IToMoIs T-kietok. ITocie
TOro Kak B-kiieTka oka3anach akTHBHPOBAHHOM, Ipyrue HHTEPICHKUHbI, BeIpabaTeiBaeMble T-xenmnepamu (B wactHocTH, IL-5, IL-6 u y-uHTepdepon),
MIOMOTal0T HHAYIHPOBaTh Nposudepanuio B-kieTku u ee cozpeBaHue B KIETKY, CEKPETUPYIOLIYIO aHTUTeNa (HE IOKa3aHo).

B KJICTKH, CEKpETHpYIOIHe aHTuTena. HekoTopele U3 9TUX U APYrHe UHTEPIICHKUHBI MOTYT IIEePEeKIIo4aTh B-KIeTKH ¢ BEIPa0OTKH OJHOTO KJIacca aHTHTEN Ha
BBIPaOOTKY apyroro (pasa. 18.4.7). HekoTopble U3 CUIHAIOB, BEPOSTHO, YYacTBYIOIIMX B HAYaJlbHOW akTUBAaLMK B-kieTku, nokasaHsl Ha puc. 18-57.

Kaxnm 00pa3oM CHrHaJbI HEPEIAOTCS OT aKTHBHPOBAHHBIX PELENTOPOB KICTOYHON MOBEPXHOCTH BHYTPH KJICTKH HPH CTHMyJsiuuu B- mwmm T-
KJICTOK aHTUTCHOM WM HHTepieikuHaMu? B oTHOLIeHHH penenTopoB Uil HHTEPJICHKUHOB OTBET HensBecTeH. OHAKO €CTh BECKHE JaHHBIE B IIOJb3Y TOTO,
YTO aHTHICHHBIC PELENTOPhl U Ha B-, i Ha T-KJIETKaX MMOAAIOT KIETKE CHIHAJ. aKTUBUPYS MHOZUTON(GOCHONIUITHAHBIN yTh, KOTOPBIA OBUT PACCMOTPEH B IJI.
12 (pa3zn. 12.3.9).

18.6.14. HexoTtopsie T-xe/mepbl aKTUBHPYIOT MaKkpodaru nytem cekpeuuu untepgepona [45]

ITomouts T-xennepoB He orpanuumBaercst auMmdoruramu. Te T-xenmepsl, KOTOpbIE CEKPeTUPYIOT IL-2 mpy CTUMYJISALMU aHTHUICHOM, BBIICISIOT
TaloKe M JpyTHe HHTEPICHKUHBI, HANPUMEp )-unmepghepor, MPUBICKAIONMI U aKTHBUPYIOUH Makpodard, KOTOpble HAauHHAIOT Oosee 3((HEKTHBHO
(haronuTHpOBaTh M Pa3pylIaTh BHEAPUBIIHECS MHKPOOPraHm3Mbl. CocOOHOCT T-KJIETOK NpUBIEKaTh M aKTHBHPOBATH Makpo(arn 0COOCHHO BaKHA IJIS
3aIUTHI OT HEKOTOPBIX MUKPOOPIaHW3MOB, CIIOCOOHBIX OCTABATHCs JKMBBIMU HOCJIE HNOTJIOIICHUS X HEaKTHBUPOBAaHHBIMU Makpogaramu. TakoB, HanmpumMep,
B030yauTENH TyOCpKYIIe3a.

MHnnnupyemasi aHTUTEHOM CeKpenus y-HHTepdepoHa M JPYTUX aKTHBUPYIOMHUX Makpodarn HHTepleikuHOB T-xelmmepaMu JISKHT B OCHOBE
OOBIYHON KOXHOH TyOepKyIHHOBOII mpoObl. Ecim TyGepkynuH (9KCTpakT TyOepKyJe3HbIX OakTepuil) BBECTH B KOXY YEJIOBEKY, KOTODBIH ObLI
MMMYHU3HPOBaH IPOTHUB TyOepKysesa i 0ojen TyOepKylIe30oM, B KOXKE Pa3BHUBACTCsA XapaKTEPHBbIH MMMyHHBIH oTBeT. Ero 3amyckaeTr B MecTe MHBEKLHH
CEeKpelys MHTEpICHKUHOB T-XelmepaMu MaMsTH, PearupylonuMy Ha TyOepKynuH. [IpuBiieueHHbIE MHTEpICHKUHAMYU, B 9TOM YYacTKe KOXHU COOHPAIOTCS
Makpodary ¥ TUM(GOLHUTEL, YTO BBI3BIBAECT XapPAKTEPHOE NPUITyXAHHE - HOJIOKUTEIBHYIO PEAKLHUIO HA TYOSPKYIIUH.

Jlpyroe BaxxHoe JEHCTBUE Y-MHTEP(EpOHa - MHAYKLHUS dKcipeccun rimkonporenHoB MHC knacca 11 Ha MOBEpXHOCTH HEKOTOPBIX KJICTOK (TaKHX,
KaK KIETKH JHJOTENHs), KOTOphle B OOBIYHBIX YCJIOBUSX UX HE HKCIPECCHPYIOT. DTO NPHAAECT TaKMM KJIETKaM CIIOCOOHOCTh HPENCTABIATH aHTUTCH T-
xennepam. Takum criocobom T-xemmeps! IpH HEOOXOAUMOCTH MOI'YT MOOHIIN30BATh AOMOIHUTEIBHBIC AaHTUICH-NPEICTABISIONINE KICTKH.

Ectb naHHBIE O TOM, UTO CYIIECTBYIOT IO MEHbIIEH Mepe nBa moaxiaacca T-xenmepoB. OuH U3 HUX, BHIMMO, IOMOTaeT IVIaBHBIM oOpa3oM B-
KiIeTkaM u cexperupyer 1L-4 u IL-5, a BTopoif nomoraer apyrum T-xemmepam u Makpodaram u Beiiensier IL-2 u y-unTepdepoH. CBegeHHS 0 HEKOTOPHIX
HHTepJIeHKUHAX, CeKpeTHpyeMbIX T-Xelnepamu (WM aHTUTeH-TIPEICTaBIIAIONMMH KJIETKaMH ), IpUBeICeHBI B Tabu. 18-3.

18.6.15. Bejiku MeKKJICTOYHOM aAre3nu cTa0MIN3UPYIOT B3aHMOJCHCTBUS Mexk1y T-KieTkaMu U X MUIIEHAMH [46]

Crneunduyeckoe cBsi3piBaHue KoMiuiekcoB aHTUreH-MHC Ha MOBEpXHOCTH KJIETKH-MHIICHH C /f-peLentopamMu aHTHreHa Ha IOBEpXHOCTH T-
KJICTKH 4acTO OBIBAET HEJOCTaTOYHO CHUIIBHBIM IS TOTO, YTOOBI MPOM30ILIO (QyHKIMOHAIBHOE B3aUMOJISHCTBUE MEKLY TUMH JIByMs KieTkamu. Paznndnbie
Oekn MeXKIIETOUHOI afre3un (cM. pasa. 14.3) Ha T-KkiieTkax HOMOTalOT CTAOWIM3UPOBATh TAKHE B3aMMOJICHCTBYS, YBEINYNBAs OOILYIO CHITY CBSA3bI-
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Ta6aunua 18-3. CBoiicTBa HEKOTOPBIX MHTEPICHKHHOB

HuTtepaeiikun Jlpyroe naspanue | IIpuOansurenbHblii Mo, HcTounnk MumeHu JeiicTBue
Bec
L-1 — 15000 AHTHUTEH- T-xennepsl CriocoOcTBYeT aKTUBALUK

TIPCACTABJIAIOMINEC KICTKH

IL-2 ®akrop pocra T- 15000 Hexotopsle T-xenmnepsl Bce axruBupoBannbie T- | Ctumysnupyer
KJIIETOK KJIICTKH npoaudepanuio
IL-3 Mynbt-CSF (cm. 25000 Hexotopsie T-xenmnepsl Pasubie  kpoeTBOpHBIE | CTUMYIHPYET
pa3a. 17.5.8) KiIetkn  (cm. pazz. | nposrdepanuo
17.5.8)
1L-4 ®dakrop- 1 s 20000 Hexotopsle T-xennepsl B-knerku, T-knetky, | CnocoOCTBYeT aKTHUBALUH H
cTUMyJIMpylomuid  B- Ty4HBIE KJIETKH CTUMYJIMPYET
knerku (BSF-1) nponudepanuio;

YBEJIMYHMBACT YHUCIIO MOJIEKYJI
MHC «macca II na B-

KJICTKaX
IL-5 ®akTop-2 pocta B- 50000 (zumep) Hexoropsie  T-xemmepsl, | B-kinetku, s03unodunsr | Ctumyanpyer
kierok (BCGF-2) obpa3yrommue 1L-4 npoaudepannio u
co3peBaHue
IL-6 ®dakTop-2, 25000 Hexoropsie T-xenmepbl H|AKTUBHPOBaHHBIC B- | Ctumynupyer co3peBanue B-
cTUMynHpyomuid  B- Makpodaru Kietkd, T-k1eTku KIIETOK B Ig-cekpeTupyromiue
KIICTKH KIICTKH; CrocoOCTByeT

aKkTHUBaIUu T-KJIETOK

y-Unrepdepon 25000 (zumep) Hexoropsie ~ T-xenmepsl, | B-kinetku, Makpodaru, | Mugynupyer MOJIEKYJIBI
obpasyrommmue 1L-2 SHAOTEIHANBHbIE KineTku | MHC KJacca 1T u
aKTHBHUPYET Makpoaru

* NHTepJIeliKHHBI IPEICTABISIOT COO0H CEKpEeTHPyeMble HENTHIbI U OCJIKH, ¢ MOMOLIBI0 KOTOPBIX OCYIIECTBISIIOTCS JIOKAIbHBIC B3aHMOJICHCTBHS MEXKIY
JICHKOLIUTaMHU; OHH, OJHAKO, HE CBA3BIBAIOT aHTHUIreH. VIHTEpIeHKWHBI, BbIACIsACMblC JTUMGOLUTAMU, HA3bIBAIOT TAKKe JUMQOKHHAMHU. [ Bcex
MEPEYNCIICHHBIX 3eCh OCKOB W3BECTHA IIOCIICIOBATEIPHOCT AMUHOKHUCIIOT. [IpuBeicHHbIC B Ta0IIHIC HCTOYHAKH, KICTKA-MHIICHH B CIOCOOBI ACHCTBUS
OTHOCSITCSI TVIaBHBIM 00pa3oM K MMMYHHOH CHCTeMe; Ul OOJBIIMHCTBA HHTEPICHKMHOB MMEETCSl MHOIO APYTHX HMCTOYHHKOB, MHUIIEHEH M CIOCOOOB
JICHCTBHUS, MOATOMY O0JIee TOUHOE UX Ha3BAaHUE - IMTOKHHBI.

BaHUs KJIETOK Mexay coboil. Panee (pasx. 14.2.17) Mbl yxe o0Cy)panu poib 6erxa, acoyuupogannozo ¢ gyuxyueii aumgoyumos (LFA-1), B ToM, 4TOOBI
nomorath T- u B-kieTkam (a Taroke IpyruM JeHKONUTaM) NPUKICIUIATHCS K JPYTUM KIETKaM H K BHEKICTOUYHOMY MAaTpHKCY. T-KIETKH SKCIPECCHPYIOT
Taoke Oelnok KiIeTouHod mnoBepxHocTH CD2, KOTOpPBII IOMOraeT UM HPHKPEIUIATHCS K COOTBETCTBYIOIIMM KIICTKAM-MUIIEHSM, CBS3BIBAsIChH C
KOMILIEMEHTapHBIM €My TJIMKOIPOTEHHOM Ha OBEPXHOCTH KICTKU-MHILCHH, Ha3biBaeMbIM LFA-3.

K nHaubonee nM3yuyeHHBIM OelKaM MEXKICTOYHOH aare3uu T-kieTok oTHocstcs rnukonporerHsl CD4 u CD8, KoTopble 3KCHpecCHpYIOTCsS Ha
MOBEPXHOCTH COOTBETCTBEHHO T-XenmepoB M IUTOTOKCHYECKHX T-KIIeTOK. Y 00OMX INIMKONPOTEHHOB HMEIOTCSI BHEKIECTOUYHBIC TOMEHBI, TOMOJOTHYHBIC
JIOMEHaM MMMYHOTJIOOYJIMHOB; KaK I0JIaraloT, OHU CBSI3BIBAIOTCS ¢ HHBAapHaHTHBIMH YacTamu Moiekyn MHC: CD4 ¢ rimkonporennamu MHC knacca 11, a
CD8-C rinukonportenHamu kiacca I (puc. 18-58).

HexoTopble n3 BCIIOMOTaTeNIbHBIX NINKONIPOTEHHOB, HAXOIAIINUXCS Ha TOBEPXHOCTH T-1nM(pOIHUTOB, IpecTaBIeHs! B Ta0u. 18-4.

18.6.16. T-cynpeccopsbl r;i1aBHbIM 00pa3oM nogaBiasao0T Gpynkuuio T-xeanepos [47]

Yepes HECKOJIBKO JIET IOCe TOro, Kak Oblla OTKPHITAa CIOCOOHOCTh T-IMM(OLUTOB nomozams B-KkiieTkaM B BBIpaOOTKE aHTUTEII, BBIICHUIOCH, YTO
T-KIIeTKH MOTYT TakKe n00agiams (cynpeccuposams) oTBeT B-kieTok
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Puc. 18-58. Pois 1ByX BCIIOMOTraTeIbHBIX PELENTOPHBIX OEIKOB, PACIIONOKEHHBIX Ha oBepXHOCTH T-Kietok. ['mukonporens CD8 Ha nuroTokcHueckux T-
KJIETKaX CBA3bIBACTCS, NO-BUANMOMY, ¢ MojekyaaMmu MHC kiacca I, a riukonporenn CD4 Ha T-xennepax - ¢ monexynamu MHC kiacca 1. ITonarator, uto B
000HX CITydasx MPOHCXOAUT CBA3bIBAHKE C HeBapHaOeabHbIMU YacTsiMu Mostekyll MHC. D1u Genku MeXKICTOUHON aAre3in MOMOTal0T CTa0MIH3UPOBATh
cBs3bIBaHne T-KIIETOUHBIX PEenTopoB ¢ KoMIuiekcamu aHTHreH-MHC Ha NOBepXHOCTH KIICTKU-MHIICHH, 0COOCHHO KOT/Ia CBsI3bIBaHUe ciladoe. B oTux

CllydyasX aHTUTENa IPOTUB BCIIOMOTATENbHBIX penenTopHbIX 6e1xkoB CD8 1 CD4 mHruoupyroT aktuanuio T-KieTok.
Anturena nporus CD4 u CD8 mupoko UCIONB3YIOTCS I TOTo, YTOOB! pa3yinyarh T-Xenmnepbl M LUTOTOKCHYeckue T-KIIETKH COOTBETCTBEHHO. Bupyc,

Be3biBatomuii CITM/L (HIV), uadunnpyer T-xenmnepsl, cBs3bIBasCh HEpBOHAYANEHO ¢ MosieKyaamMu CD4 Ha MOBEPXHOCTH ITUX KIIETOK.

win apyrux T-kietok Ha aHTureHel. Takas cympeccus ObLia BIEpBbIC NPOACMOHCTPHUPOBAHA y MBIIICH: MX MOXHO OBLIO CHEIaTh apeakTUBHBIMU
(TONEpaHTHBIMHU) 110 OTHOLICHHIO K OapaHBHM JPUTPOLUTAM ITyTE€M ITOBTOPHBIX MHBEKIMH OOJIBIINX KOJMYECTB TakuX dpHTponuToB. Korma T-kietku ot
TOJICPAHTHBIX MBIIIEH BBOJMIN HOPMAIBHBIM MBIIIAM, T€ TOXE CTAHOBHIIUCH CHELM(PUUIECKH TOJCPAHTHBIMU K aQHTHI€HaM OapaHbHX 3PHUTPOLUTOB. ITO
03HAYyaeT, YTO TOJEPAaHTHOE COCTOSIHHE OOYCIOBIECHO B JAaHHOM Cilydae CyHmpeccHeldl MMMyHHOro orBera T-kieTkamu. Ilocnenyromue sKkcrepuMeHTa ¢
HCIOJIL30BAHHEM IIOBEPXHOCTHBIX AHTHTCHHBIX MAapKepOB IMOKa3allll, 4YTO KJIETKH, OTBCTCTBEHHBIE 3a O3TOT O(@deKr, NpeacTaBmsIOT coboit
CrennaIn3UpoBaHHbIil knace T-mumporuToB - Tak HasbiBaeMble T-cympeccopbl. Ho, kak

Ta6anua 18-4. BcnoMoraTesibHble INIMKONPOTEHHBI HA MOBepXHOcTH T-KiIeTOK

B-Llers- 95000

Beaox* Jlpyrue odo3nadenusi | IIpuGau3nTe/ibHbINH MOJL Ha xakux kierkax Ipeanonaraemas GyHKuus
Bec JKCIpeccHpyercst
CD2 T11 50000 Ha Bcex T-kneTkax CtumynupyeT aiaresuio Mexnay T-kieTkamum H
KICTKAMH-MHUIICHAMH IyTeM CBS3bIBAaHUA Ha
KIIETKaX MUIIEHIX
CD3 T3 y-Lens-25000 Ha Bcex T-kneTkax Crioco6CTBYeT Iepeiaue CHrHaa Mpy CBA3bIBAHUI
5-Llens-20000 komiuiekca antureH-MHC ¢ peuentopam T-kieTok
e-1lenp-20000
(-Llens-16000
CD4 T4 y yenoseka, L3T4 y|50000 Ha T-xenmnepax Crumynupyer a/Ire3nIo K AHTUTEH-
MBIIIH NPeICTaBAIONMM  KIeTKaM H  B-kierxam,
BEPOATHO IIyTEM CBs3bIBaHUs ¢ Mosiekynamu MHC
knacca Il
CD8 T8 y uenoseka, Lyt2 u|60000 (romoxumep) Ha nurorokcnueckux T-knerkax |CTUMyIHpYyeT aare3uio K KIETKaM-MHLICHIM,
Lyt3 y mMbimm 70 000 (rerepomumep) MHOUIUPOBAHHBIM BHPYCaMH, BEpPOSTHO IIyTeM
cBs3bIBaHus ¢ Monekysnamu MHC knacca [
LFA-1 — o-Ilerns-190000 Ha GonpinHCTBE JEHKOLIUTOB CrocoOCTBYET MEKKICTOUHOM aJAre3uu U aare3uu

KJIETOK K MaTPpHUKCY

* CD o3znauaer xkracmep oughgepenyuposku (cluster of differentiation), mockonsky kaxasiii u3 6enxoB CD ObLT HEpBOHAYANBEHO ONPEEICH KaK «AaHTUTCH
nmuddepeHpoBkny T-KIETOK, KOTOPBIH Y3HAETCS PSIOM MOHOKIOHAIBHBIX aHTHTEN. MX HMaeHTH(OHKAnus SBUIACH Pe3yIbTaTOM KPYIHOMACIITaOHOI
COBMECTHOW pabOThl, B KOTOPOH OBLIO MPOBEIECHO CPaBHEHHE COTEH BHIOB TAKMX AaHTHTEN, IOJyYCHHBIX BO MHOI'MX JlabopaTtopusx. beuto HaiiieHo, 4yTo
AHTUTEJA COCTABIISIIOT OTHOCHTEIPHO HEMHOT'O TPYII (WM «KJIACTEPOBY), KaX/Iasi M3 KOTOPBIX ; OJMH-CANHCTBEHHBIN OCJIOK KJICTOYHOI IIOBEPXHOCTH.
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Puc. 18-59. Bzaumopeiicteue mexny T-xemmnepom (Ty) u T-cynpeccopom (Ts), mpu koTopom penentop oguo# I D KIeTok y3HaeT HIHOTON (aHTUTCHHYIO
JIETEPMHUHAHTY, aCCOLMUPOBAHHYIO C QHTHI€H-CBS3BIBAIOIINM y4aCTKOM) peLienTopa Apyroi kieTku. [lpyras BO3MOXKHOCTb COCTOUT B TOM, YTO CYIIPECCOpHas
KJIETKa Y3HAeT UANOTON ()parMeHTa PeLenTopa XeanepHOH KIETKH, SKCIIOHUPOBAHHOTO Ha MOBEPXHOCTH 3TOM KIIETKH B accoruanuu ¢ Mosekyinoit MHC (e
IoKa3aHo). B 060ux cirydasx cynpeccopHast KJIeTKka HHTHOHpyeT (QYHKIUIO XEeINePHON KIeTKH; MEXaHH3M HHTHOUPOBAHHS HCH3BECTEH.

MBI YBUIHUM II03KE, HE BCE (POPMBI IMMYHOJIOTHYECKON TOJIEPAHTHOCTH 00yCIIOBIEHHI T-cynpeccopamu.

T-xenmepsr n T-cympeccopsl, MO-BUAMMOMY, COBMECTHO KOHTPOJHPYIOT AKTHBHOCTh B-KJI€TOK M IIMTOTOKCHYECKMX T-KJIETOK - TJaBHBIX
9 ()EKTOPHBIX KJIETOK UMMYHHOH CHCTEMBI. T-Xelepsl BO3ACHCTBYIOT Ha 3TH 3((eKTOpHbIE KISTKH NpsMO, a T-cympeccopsl, KaK I0Jararot, KOCBEHHO -
myTeM nojasieHus GpyHkuuu T-XenrnepoB, OT KOTOPBIX 3aBUCAT 3(EKTOPHBIE KIETKH, XOTs MEXaHH3M TaKoro IojaBiieHus HensBecteH. Kak T-cynpeccopsl
y3HatT T-Xenmnepsl, KOTOpble OHU CynpeccHpyroT? B cBeTe TOro, 4To HaM HW3BECTHO O MEXAHU3ME y3HaBaHUS YyXKEPOAHBIX aHTUTCHOB Xelrepamu (pasi.
18.6.10), kaxeTcs MaJOBEPOSTHBIM, YTO HA IOBEPXHOCTH T-XeJNepoB OyIeT HOCTATOYHOE KOJMYECTBO Uy)KEPOIHOrO aHTUIeHA (WM (parMEeHTOB aHTHICHA)
U1t ero y3HaBaHMsa T-cympeccopamu. BmecTo 3TOro MOXKHO monarath, 4rto T-Cympeccopsl 4acTO B3aMMOJCHCTBYIOT ¢ T-xenmepamu MyTeM y3HaBaHUS
QHTUTCHHBIX JICTEPMHHAHT, aCCOLMUPOBAHHBIX C AHTHI'CH-CBSA3BIBAIOIIMMHU y4acTKaMu T-XeNEepHOro peuenTopa - Tak Ha3blBAEMbIMH uduomonamu (pas.
18.4.8), kak noka3ano Ha puc. 18-59.

B cBsi3u ¢ oTkpbiTHeM T-cynpeccopoB BO3HHK BOIPOC O TOM, YYacTBYIOT JIM OHH B €CTECTBEHHOW TOJEPAaHTHOCTH, CYHPECCHPYS JIUMQOIHUTHI,
pearupyromme Ha «cBoe». MMeromuecs AaHHbIE ITOKa NPOTHBOPEYHMBBI, OJHAKO OHM IIO3BOJIIOT IIPENIOJIONKHTH, YTO €CTECTBEHHAs TOJEPAaHTHOCTh
00ycII0BIIeHA IJTaBHEIM 00pa3oM dJIMMHHALMEH TaKnuX JIMM(OLUTOB (Tak Ha3bIBacMasl KIOHAIbHAA Oeneyusi) U He 3aBUCUT OT T-cynpeccopos. ITockobky 1ist
OTBETa Ha AHTUIeH OOJBUIMHCTBY B-kietok TtpeOyrorcs T-xenmepsl, B NpPUHLMIE U TOTO, YTOOBI M30€KaTh OTBETOB B-KieTOK Ha COOCTBEHHBIE
MaKpOMOJIEKYJIbI, JOCTaTOYHO AIMMHHUPOBATh pearupyromme Ha «cBoe» T-xenmepsl. MIMEHHO Takas cTpaTerusi MCIOJIB3YeTCs IS MHOTHX «CBOUX)»
aHTHreHOB. Hampumep, y HOpMaJIbHBIX MBIIIEH HE BEIPAOATHIBAIOTCS aHTHTENA K CBOEMY COOCTBEHHOMY KOMIIOHEHTY koMIuiemMenTa C5. OnqHako obpa3oBaHue
TaKUX aHTUTE B-KiIeTKaMu MOXXHO MHIYLMPOBATH, €CJIM HOPMAJIbHBIM MBIIIIaM BBECTH T-XeNmnepbl OT MyTaHTHBIX Mbliel, He nmeromux CS (HO MACHTHYHBIX
HOPMAJIBHBIM BO BCEM OcTalbHOM). Takum 00pa3om, eTUHCTBEHHAS IPUYKHA, 10 KOTOPOil HOPMaJIbHBIC MBILIH HE 00Pa3yOT aHTHTEI POTUB 3TOr0 0OBIYHOTO
CBHIBOPOTOYHOI'O OEJIKa, COCTOHUT B TOM, YTO y HUX OTCYTCTBYIOT MJIM HHAKTHBHPOBaHbI T-xemmnepsl, y3uatonue C5.

TeM He MeHee TaKOW MEXaHHW3M HE MOXET paboTaTh JJIs BCEX COOCTBEHHBIX aHTHreHOB. Hampumep, Te cCOOCTBEHHBIE MaKPOMOJIEKYJIbI, KOTOPBIE
MOTYT aKTHBUpPOBaTh B-kiieTku Oe3 momomuu T-KIETOK, MMO-BHIMMOMY, SIMMHHHUPYIOT y3HAIOIIUME MX B-KIETKH; Tak e, BHIUMO, JCHCTBYIOT U «CBOM»
MAaKpOMOJICKYJIBI, IPHCYTCTBYIOIIE B BBICOKOH KOHLEHTPALMU. AHAJOTHYHBIM 00pa3oM JOJDKHBI SIUMUHUPOBATHCS LUTOTOKCHYECKHE T-KIETKH, KOTOpBIE
MOIJH OBl pearupoBaTh NIPOTUB HOPMAIBHBIX MOJIEKYJ Ha MOBEPXHOCTH «CBOHX» KJIETOK, MMOCKOJIBKY LUTOTOKCHYECKHE T-THMGOLUTE MOTYT B HEKOTOPOIt
CTETICHU aKTUBHPOBATHCSI aHTUI€HOM 0e3 T-xenmnepoB (XOTs ¢ MOMOIIBI0 T-XeNnnepoB OHU OTBEYAIOT ropas3o cuibHee). [loxoxke, uto T-cympeccopsl UrparT
IJIaBHBIM 00pa3oM IMOJJEPIKHUBAIOIIYIO POJIb B €CTECTBEHHOW TOJEPAHTHOCTH W INPUBJIECKAIOTCS K JETy TOJBKO B TEX CIIydasx, KOIJa TepIUT Heynady
MEPBUYHBIA MEXaHU3M KJIOHAJILHOM JIeNeIHH.

18.6.17. PazBuBaroumecst T-Kj1eTKH, KOTOpbIe CHIILHO Pearupyior ¢ codcTBennbiMu Mostekysiamu MHC, 3iuMuHupyIoTes: B
TuMyce [48]

Kakx ™Mbl Bunenu, mepBble AaHHBIE O TOM, 4TO TiukonporermHsl MHC y4acTBYIOT B y3HaBaHWM aHTUIeHa T-KieTkamH, ObUIM IIOJydYEeHBI B
9KCIEPUMEHTAX, I0KA3aBIINX, YTO T-KJIE€TKH MOTYT OTBEYaTh Ha AHTHI€H, ACCOLMUPOBAHHBIN ¢ cOOCTBeHHBIMU MoekyaamMu MHC, HO He ¢ 4yKepoJHbIMU
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mosekynamu MHC, T. e. 3aech nposiBisiercst pecmpuxyus MHC (pa3n. 18.6.7), Bckope mocie 3Toro 3KCHepuMEHTHI ¢ Iepecaikoi TUMyca HoKasainu, 4to T-
KJICTKH B IIPOLECCE CBOCTO Pa3BUTHUs B THMYCE, IIO-BHAUMOMY, «OOYdYalOTCS BHIETb» AQHTHI'CH B aCCOLMALMM C COOCTBEHHBIMH, HO HE C Yy)KEPOIHBIMH
mosekyasamu MHC. OauH M3 3KCIIEpUMEHTOB COCTOSI B cleayroiieM. Mbiiib JuHuM X o0iyyanu, yToObl yOUTh Bce T-KJIETKH, ¥ BBOJWIM € CBEXHH
KOCTHBIH MO3I' KAK MCTOYHMK HOBBIX T-KjeTok. Eciu 3aTeM Takoil MbIIM HepecaguTh THMYC OT MBILIU JIMHUM Y, TO B HEM OYyAyT pa3BUBAThCS T-KICTKH
muann X. Okxa3zanoch, 4ro B OOJBLIMHCTBE CiydaeB oOpasyrommecst 3penble T-kiaeTkH auHHM X Y3HAIOT YEXKEPOIHBI aHTHICH B acCOLMALMU C
rnukonporenHaMu MHC nuauu Y, Ho He nmHuu X. [Ipocreiiias MHTEpIpeTalys 3THX Pe3yJbTaTOB COCTOMT B TOM, YTO KaKUM-TO 00pa3oM OTOMpaIOTCs U
nponudepupyioT Te U3 Pa3BHBAIOIIUXCSA B THMyce T-KIETOK, Y KOTOPBIX HMEIOTCS PEIENTOPHI, y3HAIONIMe aHTUIeH B accomuanuu ¢ Monexyinamu MHC,
IKCIIPECCHPYEMbIMH B THMYyce. V3 3TOH rHIOTe3s! ClieqyeT, YTO B XOJ€ TaKOH IOJOKHUTEIbHOH CEJIEKIHH IPOUCXOIUT OTOOP LIUTOTOKCHYECKHUX KJIETOK Ha
y3HaBanue moinekyn MHC kiacca I, a XenmepHbIX KJIETOK - Ha y3HaBaHME MoJieKyn kiacca II. B monb3y 3Toro ropoput u ToT (akrT, YTO aHTUTENA K
mosnekyiaamMm MHC knacca 11 ciennduyecku 6J10kupyroT pa3Butie T-Xxenmnepos, a aHTUTENIa K MOJIEKyJIaM Kiacca [-pa3BUTHE IUTOTOKCHYECKUX T-KIIETOK.

Takast MHTepIIpeTalys, OJJHAKO, HE BIIOJIHE YAOBIETBOPHUTENIbHA, TaK KaK He OOBSICHSCT, KAKUM 00pa30M HPOMCXOIUT CEJIEKIH B. OTCYTCTBHE TEX
Jy>KEPOJHBIX aHTUTCHOB, KOTOpHIE Mo3Hee OyAyT y3HaBaThcs T-kieTkamu. OnHa U3 BO3MOXKHOCTEH COCTOMT B TOM, YTO JUIS BBDKMBAHHUSA M co3peBanus T-
KJIETOK UM HEO0OXOIMMO cl1abo cBsA3aThCs ¢ coOCTBeHHbIMH Mojekyinamu MHC, u mostomy npoucxoaut or6op T-kiieTok Ha cinaboe y3HaBaHHE COOCTBEHHBIX
MHC, menmocratoyHOoe caMo IO cebe Ul aKTHUBAIMHU 3peNbIX T-KJIETOK; aKTHBALMs MOTJIa Obl IPOMCXOAUTH TOJNBKO B TOM Cllydae, KOrja OObeAUHEHUE
4y>KE€pOJHOT0 aHTHIeHa ¢ coOcTBeHHOU Moiekysiol MHC naet cTpyKTypy, ¢ KOTOpOoil T-KIeTOUHbIH PELEenTop MOKET CBS3aThCs IIPOUHO.

JlaHHBIE B TONB3Y HONOMNCUMENbHOU cellekyuu Ha cnaboe y3HaBanue coOctBeHHbIX MHC B THMyce MeHee yOEQUTENbHBI, YeM JaHHbIE 00
ompuyamenvbholl celekyuu, STAMAHAPYIONEH B TUMyce Te KJIETKH, KOTOpBIC CIUIIKOM CHIBHO CBSI3BIBAIOTCS C cOOCTBEHHBIMH Moiekynamu MHC mmm ¢
cooctBenHbiME MHC B acconuanuu ¢ ApyruMH cOOCTBEHHBIMU Moliekyiaamu. Haubonee yOenuTenbHble JOKa3aTeNbCTBA TOrO, YTO CUJIBHO PEarHpyromue ¢
cooctBenHbIME MHC T-Ki1eTku 2MMMHUHUPYIOTCS B THMYCE, ObUIN MOTy4YeHBI B TCHETHUECKUX HCCIEA0BAaHUIX Ha MbIIax. K oqHOMY U3 TakuX HCCIeIOBaHUH
IIPHUBEJIO CIIy4yaiiHoe HaOJIIoIeHHe: OJJUH U3 V-CerMEHTOB, KOJIUPYIOIHX B TeHOME BapuabenbHyIo 00nacTh B-1enn T-KIeToYHOro penentopa, NpuaaeT JIro0oit
9KCHpeccupyromei ero T-KiIeTke CmocoOHOCTh K «CHIBHOMY» y3HaBaHuIo crnenuduyeckux moiaekyn MHC kiacca 11 (o603nauaembix H-2E) HezaBucumo ot
D- u J-o6nacreit B-uenu u ot V-obmnactu o-uenu. (9To MO3BOJISET NPEANONIOKHTh, YTO V-CerMEHTHI JUIsi T-KJIETOUHBIX PELENITOPOB MOTIIH OBITh OTOOPaHbI B
XOJI€ IBOJIIOLMHN HA CIIOCOOHOCTH KOMMPOBATH PELENTOPHI, cBs3bIBaromue Monekynsl MHC.) He Bce muHuu Mblmieii, ogHako, skcnpeccupyror H-2E. V nunwmit,
He nmetonmx H-2E, T-knetku co crenuduueckuM V-CerMeHTOM B-LelH BBISBIIAIOTCS KaK CPEIM HE3PENbIX, TaK M CPEAU 3pEiIbIX IUMQOLUTOB THMYCa, a Y
muHHH, skcnpeccupytonme H-2E, - Tonxpko B momymsanuu He3penslx auMporuTos. Ilo-BuaumoMy, T-KIeTKM Takoro THIIA JIMMHHHPYIOTCSA eme J0 HX
CO3PEBaHMS B TUMYCE.

OKCIepUMEHTHl € TpaHCIUIAaHTAallMell THMyca MO3BOJIIOT IPEAIONaraTh, 4TO IIOJOXKHTEIbHAS CENEKLHsA, C MOMONIbI0 KOTOPOH OOBACHSIOT
pecrpukuuio MHC, u oTpuuatensHas celeKuus, NpUIaoIas ToJIepaHTHOCTh K coocTBeHHBIM MHC, - 3T0 1Ba He3aBHCHMMBIX mpouecca. [lonoxurensHas
CEJIEKIHS IPOUCXOUT, BUAUMO, Ha IIOBEPXHOCTH COOCTBEHHBIX SIHTEINAIb-
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HBIX KJICTOK TUMYCa, a OTPULATEIIBHAS - BEPOSTHO, HA IIOBEPXHOCTH KJICTOK, MATPHPYIOIIMX B THMYC U3 KOCTHOTO Mo3ra. O6a THIa KJIETOK 9KCHPECCHPYIOT
Ha cBoeif nosepxHoct Mosekyasl MHC kak knacca I, Tak u knacca 11

MexaHHU3MBbl, OTBETCTBCHHBIC 3a CEJICKLHI0 T-KJIETOK B THMycCE, HEH3BCCTHBL IlONOXKHUTENbHAS CEJEKLUHS HPOMCXOAMUT, BO3MOXHO, Yepes3
[OCPECTBO CHIHAJIOB [T POCTA MM BEDKHBAHHS, KOTOPBIM SMUTEINH THMyca cHaOXkaeT c1abo cs3biBatoinue T-kieTku. B ciaydae oTpunarensHoil cenekunu
KJICTKH, MPOMCXOJAIINE M3 KOCTHOIO MO3ra, MOTYT JEHCTBOBAaTh KaK «M3BPAILCHHBICY» AHTHI'€H-NPEICTABIAIOMINE KJIETKH, KOTOPhIE HE aKTHBHPYIOT, a
yOuBaroT Mr00y10 y3Harouyro ux T-kietky. O6nagaronye TakuM CBOUCTBOM KIICTKH, HA3BAHHBIC KJIeMKAMU 6eno, ObLUTH BBISBICHBI B OIBITAX in vitro.

Y nuBuTENBHASE 0COOCHHOCTH Pa3BUTHA T-KIETOK B THMYyCE COCTOUT B TOM, 4TO Oonee 95% kiaeTok morubaet, He nokungas Tumyca. Ctonp Oomipimme
noTepu 00yCIIOBIIEHBI, TI0-BUIUMOMY, JKECTKOH CeleKIHei B X0/1e pa3BUTHs T-KIETOK.

18.6.18. Hexoropsie annenbubie (popmbl Mosnexkyl MHC HeaddekTUBHBI B peacTaBjieHHH cienuduyecknx anTturenos T-
KJIETKaM; 3TO 3aBUCUT OT reHOB HMMYHHOT0 oTBeTa (Ir) [49]

B otinuune ot renoB MHC kiacca I, BrepBble 00Hapy>KeHHBIX OJaroapsi MX BIMSHHIO Ha OTTOp)KEHHE TpaHcrulantato, reHbl MHC knacca 11
OBLIM OTKPBITHL B CBSA3U C UX POJIBIO B T-KIETOYHBIX HMMYHHBIX OTBETaX Ha CIEIU(HYIECKHE PAaCTBOPHMBIC aHTHIeHBI. Korja >KMBOTHBIX MMMYHHU3HPOBAIIH
IPOCTBIM AHTHI'€HOM, HEKOTOpPbIC W3 HUX JAaBaJM OYEHb CHJIbHBIA T-KJIETOUHBIH OTBET, IpYyrue ke BOooOlIe He pearupoBaiu. |'eHEeTHUECKHE HCCIETOBAHUS
MOKA3aJli, 9TO CIIOCOOHOCTh OTBEYATh HA NAHHBIH aHTHUICH KOHTPOIUPYETCS OJHUM I'€HOM-TGHOM HMMMYHHOro orBeTa (Ir); OTBETHI Ha pa3HbIC aHTHICHBI
9acTO ONpeNeIUINCh Pa3sHbIMH reHamH /7. [lepBbIMU ObUIN KapTHPOBAHEI F'eHBI /7, KOHTPOIUPYIOMUE OTBET T-XeNepoB Ha aHTUTCH, OHU COCTAaBHIIN JIOKYCBHI
MHC xnacca I1. ['eHsl [, KOHTPOJIHPYIOIINE OTBET LUTOTOKCHYECKUX KIETOK HAa aHTUIEH, ObUIM IO3/(HEe KapTUPOBAHBI B OOJNACTH TEX WM MHBIX JIOKYCOB
MHC xiacca L.

OTH HaOMIOAEHUS Ka3aIKCh B BICIIEH CTENEHH 3araJJOUHbIMH, II0OKa He OblIa OTKpHITAa peniaromas pois rmkonporenHos MHC B npencraBieHHn
aHTHreHoB T-KieTkaM. Tenepb HX MOXHO OOBSCHHUTB, IIPOCTO MPEIIOJAras, 4To y oco0eil, TeHeTHYECKH «HE OTBEYAIOLINX» HA KAKOH-TN00 MPOCTOi aHTHIeH
(0OBIYHO C OJIHOM AHTHICHHOH JeTepMHHAHTOW), HeT Takoil monekynsl MHC, kotopas Morna Obl CBSI3aTh AQHTUTCHHYIO ACTEPMUHAHTY M 3()(HEKTUBHO
IPEJCTaBUTh €€ COOTBETCTBYIOMEH T-KiIeTke. DTO MPEINONoKEHHE TOTyYHIO CHIIBHYIO OANEPXKKY B pe3ylbTaTe HCCIISNOBAHHUH in Vitro, MOKa3aBIINX, YTO
ounienusle Monekynsl MHC kiacca Il «oTBewaromiero» >HBOTHOIO MOTYT CBSI3aTh COOTBETCTBYIOINMH AHTUICHHBIH HENTHI, a TEHETHYECKH «HE
OTBEYAIONIEro» - He MOTYT. B pampHEHIINX HCCIEZOBAaHMSAX OBLIO YCTAHOBJIEHO, YTO y MOJICKyn kimacca 1l mMeercs JMIIb OZMH aHTUTCH-CBS3BIBAIONINI
yuacTok (kak 1y Monekyn MHC kmacca I-cm. puc. 18-57), KOTOpBI MOKET CBS3BIBATH BEChMa pa3HOOOpa3HbIe MENTU/IBI CO CPEHEH KOHCTAaHTOH CPOACTBA
(K,) oxono 10° 1/moms (AG = — 8,5 KKaJI/MOITb, UTO SKBHBAJEHTHO SHEPTUH 06Pa30BaHMs IPUMEPHO BOCKMH BOJOPOIHBIX CBsi3eil; cM. pasa. 3.1.1). [Ipu aToM
CKOPOCTh CBSI3BIBAHMS HeBeNWKa (mpuMepHo B 10° pa3s MeHbIme, WeM TpH THIMYHOH PEAKIMH AHTHTENIO-aHTUTEH), a Oy/lydd CBS3aHHBIM, METTHI
0CBOOOXKIACTCSI CO BpEMEHEM IIONY)KH3HH Ooiee CyTOK. B0O3MOXKHO, 4TO A1 OCBOOOXICHHS MHENTHAA HEOOXOJUMO MeIIeHHOe KOH(OpMamuoHHOE
n3MeHeHue Monekyist MHC.

B HEKOTOpBIX CilydasXx I€HEeTHYeCKOH HECIOCOOHOCTH K OTBETYy HA CIENU(UUECKHE AHTUTCHBI IEHCTBYET, MO-BHAUMOMY, MHOH MEXaHH3M.
OmpenieneHnsle KOMOMHAIUK cOOCTBEHHBIX MoneKysl MHC ¢ uy:xepoHBIMH IIENTH-
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JIAMH MOTYT OKa3aThcsl IOXOKHMH Ha JIpyrue mMonekyinst MHC cobctBennoro opranusma. I[Tockonsky T-xemmepsl, pearupyionye ¢ TaKUMH KOMOHHALUAMH,
OyIyT 3JIMMHUHHPOBATBCS B Ipolecce pa3BUTHs T-KIETOK B THMyCe IIyTeM OTpHIATelbHOH cenekuuu (pazn. 18.6.17), )KMBOTHOE OKaKETCS T€HETHYECKH
HECTIOCOOHBIM OTBEUATh HAa TAKHE Yy>KEPOIHBIC MEITUIBI.

18.6.19. I'unore3a coBMecTHOro y3uapanust MHC no3Bossier 00bSICHUTh TPAHCIIAHTALIMOHHBIC PEAKIUU H HOJUMOP (UM
MHC

T'unotesa coBmectHoro y3nasanus MHC o0bsicHseT, HOUeMy CTOIb MHOTHE T-KJIETKH OTBEYAIOT Ha dy)epoxHbie Monekyins! MHC u Tem cambM
BBI3BIBAIOT OTTOPJKEHHE TPaHCIUIaHTaTa. T-KIETKM MOTYT TaK CHJIBHO PearHpoBaTh C 4yKepoAHbIMU IiukonporernHamMu MHC noTtomy, 4To 3TH MOJEKYJIbI
(ubo camu mo cebe, MO0 B BHIE KOMIUIEKCA C APYTMMH MOJEKYJIAMH HA MOBEPXHOCTH YY)XEPOIHOH KJIETKHM) MOXOXKH Ha pa3iH4YHble KOMOMHAIMU
cobctBeHHBIX Moiekyn MHC ¢ gyxepomHbMu mentHpamu. Tak, HampuMmep, HEKOTOpPBIE KIOHBI T-KJIETOK, Pearupyrolmue C BHPYCHBIM aHTUTCHOM,
acCcOLMMPOBaHHBIM ¢ coOcTBeHHOU Mosekyinoii MHC knacca I, pearupyror Takxke u ¢ dyxkepoanoid monekyinoit MHC kiacca I' B OTCYTCTBHE BUPYCHOTO
AHTHTCHA.

T'unote3a coBmectHoro ysnaBanmsi MHC mo3Bonser Taxke OOBSCHUTH HeoObIMaiiHbI mommmopdusm Monekynr MHC. B sBomonuoHHOM
IPOTHBOOOPCTBE MEXKAYy MUKPOOAMU M HMMYHHOMN CHCTEMOI! II03BOHOYHBIX MUKPOOBI OyIyT MPOSBIATH TEHICHINIO K M3MEHEHHUIO CBOMX aHTUICHOB, YTOOBI
n3dexath accouuanuu ¢ Mojiekynramu MHC. Ecnu kakoe-HHOyZIb M3MEHEHHE OKAKETCS B 9TOM CMbICIE 3()(EKTUBHBIM, HOBas (OpMa CMOXKET MIUPOKO
PaCIpOCTPAHUTHECS M BHI3BATh DMUJEMHIO WIH SIH300THIO. IIpH Takux 0OCTOSATENbCTBAX T€ HEMHOTHE OCOOHM BHA-XO35HHA, y KOTOPHIX OKaXeTCsl HOBas
Mmouiekyna MHC, criocoOHast CBSI3bIBAaThCS ¢ M3MEHEHHBIM aHTHICHOM MHKPOOPraHH3Ma, MOJNydaT OOJBIIOE CENeKTUBHOE HpenmyliectBo. Kpome Ttoro, y
oco0eii, UMEIOIINX JIBa Pa3HBIX aJutes i Kaxaon mosekynsl MHC (T. e. y reTepo3urot), OyaeT 6ouibliie IIaHCOB MPOTUBOCTOATH HH(EKIMHU, YeM Yy ocobeii ¢
UJICHTUYHBIME aJUIeJIsIMH B KaxaoM naHHoM Jokyce MHC. Takum o6pazom, orOop OyzmeT CIOCOOCTBOBATH YCHJICHHIO U IIOJJICPIKAHHIO OOJIBIIOrO
pazHoo6pasust moaexy1 MHC B nomyssun.

T'unotesa coBmectrOro y3naBanuss MHC nama o MeHbIIel Mepe BO3MOXKHBIE OTBETHI HA MHOTHE BOIIPOCHI, IEPBOHAYAIBHO BO3HHKIINE B CBA3H C
SKCIIEpEMEHTaMH I10 TPAHCIUIAHTAIIMK OPTaHOB, OJHAKO OHA MOPOAMIIA HOBYIO IIPOOJIeMy: KakKUM 00pa3oM BechbMa HeOOJIBIIOe YUCIO pa3HbIX MoaeKyr MHC
JIAHHOTO JKMBOTHOTO (MEHEe IBYX JECATKOB) MOXKET CBS3BIBATHCS ¢ HAOOPOM Pa3HBIX MENTUIOB, JOCTATOYHO [IUPOKUM ISl TOTO, YTOOBI 00eciednTs oTBeT T-
KJIETOK IPAaKTUYECKH Ha JII000H OenkoBoil aHTUreH? B3auMoaeHCTBUsS aHTHUreHa ¢ aHTHTENOM M ¢ riaukonporenHamu MHC knmacca I cramy moHSTHBI B
pe3ylbTaTe PEHTIeHOCTPYKTYpPHOTO aHalIi3a 3THUX MOJeKyl. Takue HCCIeNOoBaHUS HEOOXOIMMO Teleph PACIPOCTPAHHTH Ha B3aHMOJCHCTBHE MEXIY
xommiekcom MHC-anturen u T-kierounsiM penentopoM. Texuonorus pexom6uHaHTHbIX JIHK momkHa B CKOpOM BpeMeHH O0ECIIEUHTH IOCTATOUHBIC
KOJHMYeCTBAa T-KI€TOUYHBIX PEHENTOPOB B PacTBOPHMOH (opme, UTO caesaeT MPOEKTH TaKOro poja pealbHBIMH, B pesynbTaTe paboT ¢ HCIONB30BAHHEM
pexomOuHanTHBIX JIHK yxe ObuIo mokasaHo, 4to Bce 9TH Oenku - monekynsl MHC, T-kieTouHble penenTopbl U aHTHTENIa - UMEIOT JAaBHIOI OOIIyIo
HCTOPHIO.
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18.6.20. MoJiekyJibl, y4acTBYIOIIE B MMMYHHOM Y3HABaHUM, PHHA/JIEKAT K IpeBHEMY «cynepceMeiicTBy» [50]

BonbIIMHCTBO INIMKONPOTEUHOB, IPH yYaCTHU KOTOPBIX B MMMYHHOH CHCTEME NPOMCXOLUT y3HaBaHME OJHON KIETKU APYroil Wi y3HaBaHUE
AQHTHI'€HA, COJEPKUT POJCTBEHHBIC CTPYKTYPHBIC DJIEMEHTBI, U 9TO MO3BOJSCT HPEAINOiararh, YT0 KOAMPYIOUME UX IeHbl HMEIOT OOLIYIO JBOJIIOLHOHHYIO
ucropuio. 310 «cynepcemeiictso» Ig Bimouaer anmumena, T-knemounsie peyenmopwi, enuxonpomeunvt MHC, 6enku Mexkierounoit anresun CD2, CD4 n
CDS, HexkoTOpble U3 MOJMIENTUIHbIX Lened kommiekca CD3, acCOLUMHPOBAHHOTO C T-KIETOYHBIMH PELENTOPaMH, U paslIMuHble Fc-peyenmopsl Ha
nuMdonuTax U Apyrux Jeiikonurax. Bee ot Genku comepaT oauMH WM Oobliee YUCIO Ig-mogoOHBIX JOMEHOB (TOMOJIOTHYHBIX Ig-enunui). [lenTunnas
LeNb Ka)KAOT0 M3 TAKUX JOMEHOB OOBIYHO COACPKUT OKolo 100 aMHMHOKMCIOT M, KaK IIOJaraioT, CBEPHYTa B XapaKTEPHYIO CTPYKTYpY, NMOXOXKYIO Ha
«COH/BHY» U3 JBYX aHTUIIApPAUICTBHBIX [-CJI0EB, OOBIYHO CTAOWIM3UPOBAHHEIX KOHCEPBATHBHOU AUCYIbGHUIHON cBs3bio (pa3n. 18.3.4). MHorue u3 sTHx
MOJIEKYJ IPEACTABISIOT COOON AMMEpBI WM OJMIOMEpHI OOJbIICH BEIUYMHBI, B KOTOPBIX TOMOJIOTHYHBIC [g-€MHHIBI Pa3HBIX LENeid B3aMMOACHCTBYIOT
Mexay coboit (puc. 18-60).

Kaxxnast Ig-emununa oObIMHO KOAUPYETCS OTACIBHBIM 3K30HOM. KaxeTcst BEepOsSTHBIM, UTO BCE CBEPXCEMEICTBO IEHOB BEJIET CBOE IIPOUCXOXKICHIE
OT I'eHa, KOAUPYIOLIEro OJHY TOMOJIOTUYHYIO Ig-eqUHHIy M CXOIHOTO ¢ reHamu, koaupyromumu Thy-1 wn B,-mMuxpornoOynus (cM. puc. 18-53). Bo3moxHo,
YTO 3TH OCJKH Y4acTBOBAIM B OCYIIECTBICHHM MEXKKICTOYHBIX B3amMmozeicTBuil. Moiekyisl, cxoxusie ¢ Thy-1, OblIM BbIACICHBI U3 MO3ra KalbMmapa,
M03TOMY BIIOJIHE BEPOSTHO, YTO COOTBETCTBYIOLIMI TI'€H-NPEIIIECTBEHHHK BO3HHMK €IIE A0 TOr0, KaK MO3BOHOYHBIE OTAEIMINUCH OT CBOUX IPEIKOB-
6ecro3BoHOUHEIX 0KoJ0 400 MuH. jerT Hazan. Ilo-BHIMMOMY, HOBBIC WICHBI CEMEHCTBA BO3HHMKAIM ITyTeM IYIUIMKALMH SK30HOB U I'€HOB; aHAJOTHIHBIC
IYIIMKALMK MOTJIM JaTh HA4aJl0 ¥ MHOJKECTBEHHBIM T€HHBIM CETMEHTaM, KOAUPYIOIIUM aHTUTeNa U T-KJIeTOYHbIe peLenTophI.

IlopasurensHast CIOCOOHOCTh K Y3HABAHHIO JENacT HMMYHHYIO CHCTEMY IOYTH YHHKAJIbHON Cpefd KJICTOYHBIX CHCTEM; OoJiee CIIOKHOU
OKa3bIBACTCsSl TOJIBKO HepBHAs cucreMa. OOe CHCTEMBI COCTOST M3 OYECHb OOJBIIOro yucia (PEHOTUNUYECKH Pa3IMYAIOINXCS KIETOK, OPraHU30BAHHBIX B
CIIOXKHBIE ceTu. B mpezenax Takoil ceTH MeXIy OTAEIbHBIMU KIETKaMH BO3MOJXKHBI KaK IIOJIOKHTEIbHbIE, TAK U OTPHLATEIbHBIC B3aUMOJCHCTBUS, IPHIEM
OTBET OJJHOM KJIETKH PaclpoCTpaHsAeTCs B CUCTEME U CKa3bIBA€TCsA HA MHOTUX APYTHUX KIIETKaX. B oTinuune ot cety HEHPOHOB, OTHOCUTENBHO KECTKO
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Puc. 18-60. Hexoropble 13 MeMOpaHHBIX OCIIKOB, IPUHAIUICKAIINX K UMMYNO2A00YIUHOB0MY cynepcemeticmgy. [ OMOIOTHYHbBIE UMMYHOTJIOOYJIMHOBBIE U
HMMMYHOTJIOOYIHHOIIOTOOHEIC TOMEHBI BEIIEICHBI IIBETOM; 00paTHTE BHUMAHNE, YTO IOHIBI KAXKIOH U3 IIeTellb, 00pa3yIoNINX TaKoi JOMEH, COeANHEHEI
Jacynb(QUIHBIME CBSI3IMHU. BONBIIMHCTBO JOMEHOB B3aUMOEHCTBYET ¢ FOMOJIOTHYHBIMA JOMEHAMH aCCOLMMPOBAHHON HonunenTuaHoi nenu. Kpome toro,
HEKOTOpBIC U3 JOMEHOB MOIUIECITHIHON e IOIHUMMYHOrI00ymmHoBOro Fe-penentopa B3anMOJEHCTBYIOT IPYT C APYToM (HeE IIOKA3aHO); 3TOT PELeNTop
CBSI3BIBAET U TUMEPHBIN (cM. pa3z. 18.2.5), n monmumepHsrit IgM, otciona ero HasBanue. I'mukonporens Thy-1 KoBaleHTHO CBsI3aH ¢ MOJEKYJION
IJIMKOU3HINPOBAHHOTO (ocdonunuaa, pacoiokeHHoH B MemOpane (cM. pas3a. 8.6.13.). Ha pucynke He n3o0paxeHsl BcriomorarebHbie 6enku CD4 u CD8
T-XenmepoB U MUTOTOKCHYECKHX T-KIIETOK COOTBETCTBEHHO, OenkoBbIil kommuieke CD3, accouunpoBanuslii ¢ T-kierounsivu penenropamu, 1 CD2 (cM. Tab.
18-4). Bee a1u Genku ToKe CoJlepiKaT UMMYHOTTIO0YIMHONIOKOO0HbIE TOMEHBI. IMMyHOTTIO0YINHOBOE CYIIepCeMEeNCTBO BKIIIOYAET, KPOME IIePeUHCIICHHBIX
0EJKOB, TaKkXkKe U OEIIKH KJIETOUYHON MOBEPXHOCTH, yYaCTBYIOLINE B MeXKKJICTOUHBIX B3aHMOJCHCTBHAX BHE HMMYHHOI CHCTEMBI, HAIIPHMEDP MOJIEKYJIbI
anresun HepBHBIX KIeTOK (N-CAM-neural cell adhesion molecules, cm. pa3a. 14.3.6).
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(UKCHPOBAaHHOW B MNPOCTPAHCTBE, KICTKH, COCTABIAIOMINE HMMYHOJOTMYECKYIO CETh, HENPEPHIBHO MNEPEMEINAIOTCS W JIMIIb KPaTKOBPEMECHHO
B3aMMOJIEHUCTBYIOT IPYr C IpyroM. B ciexyromeil rinaBe Mbl pacCMOTPHM KJIETH HEPBHOW CHCTEMBI II03BOHOYHBIX, KOTOpasi OCOOCHHO BBIIENSACTCS CPEeIH
JIPYTHX KJIETOYHBIX CHCTEM CBOCH CII0KHOM M XMTPOYMHOMN OpraHu3auei.

3akJjouenune

Cywecmeyrom no meuviueil mepe mpu QYHKYUOHANBHO pasiuyubix nooknacca T-numgpoyumos: 1) yumomoxcuueckue T-knemku, cnocooHvie
HenocpeocmeenHo youeame Kiemxu, un@uyuposannvie eupycamu; 2) T-xeanepwi, evidensiowjue yenwviii pso JOKATbHLIX XUMUYECKUX MeOUamopos
(unmepneiikunos), Komopvle nomozarom B-kiemkam 6 ocywecmeneHuu 2yMoparbHOZ0 UMMYHHO2O Omeem (06pa308anuu anmumern), CMUMYIUPYIOM
DPA3MHOJICEHUe aKMUSUPOBAHHbIX T-knemox u akmusupyiom maxpogpazu, 3) T-cynpeccopui, komopule, no-6UOUMOMY, 6 OCHOBHOM nodaegiawom peaxyuio T-
xennepos. T-xennepel u T-cynpeccopbl - enaghvle peynsmopbl UMMYHHbIX OMEEMOE.

Peyenmop T-knemox npeocmasnsiem coOol aHmMumenonoooOHbll 2emepooumep, KoOOUpyemblil 2eHaMu, KOmopwvle coOUpaomes u3 HeCKOAbKUX
TCHHBIX Ce2MeHmos 6 npoyecce pasgumus T-knemox ¢ mumyce. Akmusayua T-knemox npoucxooum, Ko2oa 5mu peyenmopsl C6A3bI6AIOMCA C Qpazmenmamu
YYIHCEPOOHBIX AHMULEH08, accoyuuposannbimu ¢ enuxonpomeunamu MHC na noeepxnocmu Opyeux Kiemok cobcmeennozo opeanusma. Taxoii npoyecc
coemecmnozo ysuasanus MHC eapanmupyem, umo T-knemxu y3Harom 4ysicepoOHbill aHMueeH MoabKo 8 MOM Clydde, eciii OH CE:3aH C COOMEEemcmsyouyel
xnemkol-wuutenvro. Cywecmeyiom 06a ocHoenbix kaacca monekyn MHC: 1) monexynvl knacca I, umerowuecs Ha noeepxHOCmu NOYMU 6cex COMAMUYECKUX
KII€MOK ¢ A0paMU, - OHU NPeOCMAGIAION pazmenmul 8UPYCHoIX berKkos yumomoxcuveckum T-knemxam; 2) monexynvl knacca Il, umerowuecs na nosepxnocmu
B-knemox u cneyuanusuposanneix anmuzen-npeocmagisiouux Kiemox, - OHi npeoCmasisiom Gpazmennol wyxcepoonslx anmueenog T-xennepam. Tom gaxm,
umo onpedenennvie anienvhvie Gopmul monexyr MHC knaccoe I u Il necnocobnul npeocmagname T-knemxam onpeoeientvle GHMUEHHbIE OeMePMUHAHMbL,
10360.151eM 00BACHUND, NOYEMY DU MOJEKYAbL CHOTb NOTUMOPPHBL
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19. HepBHas cucrema

MosKeM JIi MBI HaJIeSThCs, 4TO ToiiMeM paboTy genosedeckoro Mosra? HepsHas chctema, coctosmas npuMepro 3 10! kietok, uncio cpsseit
MEXIy KOTOPBIMH €Il¢ B TACAYy pa3 OOJbIIe, TOPa3fo CIOXKHEE W, BEPOSATHO, BO MHOTHUX OTHONICHHSAX OOIamaeT OOJBIINMH BO3MOJKHOCTSMH, €M
KPYIHEHIIHNH U3 COBPEMEHHBIX KOMIBIOTEpOB. OJJTHAKO COBPEMEHHOE MOHMMAaHUE MO3Ta HACTOJILKO MIPUMHTHBHO, YTO HEJNb3sl C YBEPEHHOCTBIO CKa3aTh, €CTh
11 BOOOLIE CMBICH B IOJ00HOM cpaBHeHHU. Hanpumep, MbI He 3HaeM, CKOJIBKO (D)YHKIMOHAIBHO PA3JIMYHBIX KATETOPHH HEPBHBIX KJIETOK UMEETCS B MO3TY, U
HE MOYKEM CKa3aTh, KaK pabOTaloT HAIIM HEHPOHBI, KOT/IA MBI CIBIIIMM CJIOBa WM IPOTATHBAEM PYKY 338 KaKHMM-TO IPEAMETOM, HE TOBOPSI yKe O Mporeccax,
MIPOTEKAOUIMX TPH T0KA3aTEIbCTBE TEOPEMbI WIIH COYMHEHUH CTUXOB.

U Bce xe, B TO BpeMsl Kak MO3T B LIEJIOM OCTAeTCsl CaMbIM TAUHCTBEHHBIM OPraHOM HAILEro Telld, CBOWCTBA OTACIBbHBIX HEPBHBIX KICTOK, HIH
HelpoHo, KaK 3TO HH MapagoKCalbHO, H3ydeHbI JIy4Ille, YeM CBOMCTBA JIIOOBIX APYTHX KiIeTok. [1o kpaiiHell Mepe Ha YPOBHE KIETKH MOXKET OBITh BBISBICH
PAX TPOCTHIX OOLIMX MPHHIMIIOB, KOTOPbHIC MO3BOJSIIOT HMPUONU3UTHCS K MOHUMAaHUIO pabOThl KAaKMX-TO MallbIX 4YacTed HEepBHOW cucTeMbl. Hampumep,
CYLLECTBEHHBIH IPOrpecc NOCTHIHYT B OOBSICHEHHH KICTOYHOIO MEXaHH3Ma IPOCTEHIIMX IIOBEACHYECKUX PEaKLMil W Jaxe B OOJIACTH 3PHTEIBHOTO
BOCTIPUSTHS. [I[PUMEHHUTENBHO K MPAKTUKE 3HAHHE MOJICKYSIPHON OHOJIOTMH HEHPOHOB OTKPHIBACT BO3MOXKHOCTH ISl OHOXHMHYIECKOTO KOHTPOJISI MO3TOBBIX
(YHKIMI ¢ IOMOIIBIO JIGKAPCTBEHHBIX TIPENapaToB M JaeT HaJek Iy, 4To OyayT paspaboransl Oonee 3 HeKTHBHBIC CIIOCOOBI JICUCHNUSI MHOTUX MCUXUYECKHX
3a00JeBaHui.

B 9T0ii rmaBe Mbl COCPEOTOYNM BHUMAHHE HA HEPBHOU KJICTKE U TOMBITAEMCS [I0Ka3aTh, KAK U3YUCHHE €€ CBOMCTB OMOTaeT POHUKHYTh B CYTh
OpraHu3alii HEHPOHOB Ha 0OJIee BBICOKUX YPOBHSX.

19.1. KiieTku HepBHOI cMcTeMbl: cTpoeHre M pyHKuus [1]

HepBHas cucrema obecriednBaeT OBICTPYIO CBsI3b MEXAY OTIAJICHHBIMU YacTsAMU Teja. braromapsi cBoel poiM KOMMYHUKAaTHBHOH CETH HEpBHas
CHCTEMa YNpPaBIAET pPEaKUUSMU Ha BHEIIHUWE DPA3[PaKUTENU, IepepadaTbiBacT MHOOPMALMIO M TEHEPUPYET CIIOKHBIE KOMIUIEKCHl CUTHAJIOB VIS
perynupoBaHus CIOXXHOTO MoBeaeHUs. Kpome Toro, HepBHas cucTeMa CIOcOOHa caMooOydaTbesi: MO Mepe OOpabOTKM W 3alOMHHAHUS CEHCOPHOU
nHGOPMAIMK O BHEIIHEM MHpPE HPOMCXOIMT HAUISKAINas «IOACTPOHKA» HEPBHOH CHCTEMBI, B PE3yJIbTAaTe Yero M3MEHSETCS XapaKTep IOCIEIYIONIHX
JIEHCTBU.

OCHOBHBIC IIyTH INEPEadyd HEPBHBIX CHTHAIOB OBUTH MPOCIEXKEHbI Oojee cra JIeT Hasaj, elle A0 TOr0 KaK CTajla MOHSATHA POJb OTAEIBHBIX
HepBHBIX KieTok. Ha puc. 19-1 nokasan oOuwwmii miaH opraHu3anyy HepBHBIX cBsidell. [10100HO OONBIIOMY KOMIBIOTEpY, HEpPBHAsI CHCTEMa IIO3BOHOYHOTO
COCTOMT M3 TJIABHOT'O MIPOLIECCOpa - IEHTPAIbHOW HEPBHOI CHCTEMbI, BKIIOYAIOIIEH
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Puc. 19-1. CuibHO ynpoIleHHas cXeMa OpraHu3allii HePBHOM CHCTeMBI HO3BOHOYHOTO0. [1oka3aHo, kak CeHCOpHast HH(pOpManus nepefaercs ¢ nepudepuu B
LeHTpanbHylo HepBHYyIo cuctemy (L{HC), a nurarensHbie komanasl - u3 LIHC Ha nepudepuro. Ilepenady CeHCOPHBIX U IBUIATEIbHBIX CUTHAJIOB
OCYIIECTBIIAIOT HEPBHBIC KIETKH, Tela KOTOPBIX (0Ka3aHbI OOIBIINMH YePHBIMH TOYKAMU) BO MHOTHX CIydasX CTPYIIIHPOBAHbI B FAHIIIHAX (IIBETHBIC
kpyxkH) 3a npegenamu [{THC, a akcoHs! 00beIMHEHBI B I[yYKH H 00pa3yIoT HEPBHI (YepHbIe JIMHUN ). HepBEl, FaHIIINK U OpraHbl 4YyBCTB BMECTE COCTABIISIIOT
nepugepuueckyio nepsnyio cucmemy. HekoTopble FraHIIMH CIIy>KaT HPOCTO «IIEPEAATOUHBIMU CTAHIUAMUY, @ Apyrue (0COOEHHO 3TO KacaeTcsi BEreTaTUBHbIX
KMIICYHBIX TAHIJIUEB, PETYIUPYIOLIMX HEPUCTAIBTHKY ) IPEICTABISAIOT COOOM CI0XHBIE CUCTEMBI CBA3aHHBIX MEK/1y CO00H HEHPOHOB, CIOCOOHBIX
(byHKIOHNPOBATH faxe 6e3 Beskoro yyactus IIHC. BeraBounble HEHpOHBI, BXOASINE B COCTAaB LICHTPAIEHOH HEPBHOU CHCTEMBL, HE IOKa3aHEbL.

TOJIOBHOH U CIIMHHOM MO3T, - KOTOPBIil C HOMOIIBIO «IIPOBOIOBY, T. €. HEPE0E, COCIUHEH C MHOTOYHCICHHBIMH NMEPU(EPUUECKUMU CTPYKTYypaMH: OpraHaMu
9yBCTB, JOCTAaBIIIOIMMH BXOJHYIO HH()OPMAIMIO, M MBIIIAMH (a Takke B MEHBIICH CTENCHH jKelIe3aMH), Pealu3yIONHMMH BEIXOJHbEIC KOMaH/bI. MeroTcst
TaKOKe CBS3M C TPYyNIAaMU NEepU(pEpUYECKHX HEPBHBIX KICTOK-eaHenusAMu, KOTOPBIE B OIHHX CIydasX NPOCTO HOINCP)KHBAIOT KOMMYHHKALMIO MEXIY
nepudepueii U LEHTPOM, a B JPYIMX CIyXKaT BCIIOMOraTeJIbHBIMH MHHM-KOMIbIOTEpaMH. Y OECHO3BOHOYHBIX MMEETCS CXOJAHAsl OpraHu3allus, HO
[EeHTpaJIbHasi HEPBHAS CHCTEMa Y HUX Pa3BHTa ciabee, TOraa Kak FaHIINK HIPAIOT Ooliee 3HAUUTENBHYIO POJIb U 00JIee aBTOHOMHEL.

VY pasHBIX KHUBOTHBIX JETajbHas CTPYKTypa HEPBHBIX CBS3CH Ype3BBIYANHO CHJIBHO BapbUpYET B Hpelenax oOIeH CXEMbl; OJHAKO CBOWCTBA
OT/Ie/IbHBIX HEHPOHOB BO MHOTOM CXOIHBI HE3aBUCHMO OT TOTO, HET JIK PeUb O MOJUIIOCKAX, HACEKOMBIX, aM(pUOUAX MM MIEKONUTAIOMIUX.

19.1.1. ®yHKUUSA HEPBHO KJIeTKHU onpeaeisieTcs IJUHOI ee 0TPOCTKOB [2]

dynnaMeHTaNbHAs 3a/1a4a, CTOSIIAs Iepel Heli{pOHOM, COCTOUT B IIpUEMe M Iepefade CUTHAIOB. BBIMONHAT 3TH QyHKINH HEHPOHY HO3BOJLIOT
ero HeoObIYHBIC pa3Mepsl M (GopMa: JUIMHA HEPBHOW KICTKU YEJIOBEKA, COCAMHSIONICH, HapHMep, CIIMHHOM MO3I ¢ KaKOH-THOO MBILILEH CTOIBI, MOXET
JOCTHIaTh OJHOTO MeTpa. Kaxkapli HEHpPOH COCTOUT U3 mena KIETKU (COICPIKAIIETO SAPO) U PACXOIAIIMMUCS OT HErO JUIMHHBIMH TOHKUMH OTPOCTKAMH.
OOBIYHO 3TO OZIUH JUIMHHBIH AKCOH, IPOBOISIINN CUTHAIIBI OT Tella KISTKU K OTJaJeHHBIM MUIICHSIM, U HECKOJIBKO 60JIee KOPOTKHX BETBSINUXCS JeHAPUTOB,
KOTOpBIe, MOJOOHO aHTEHHAM, NPUHAMAIOT CHTHAJbl OT AKCOHOB JAPYIMX HEpBHBIX KiIeTOK (puc. 19-2). Teimo HeiipoHa TOXXe NpPUHHMAET CUTHAJIBL.
OtnaneHHBI KOHELl aKCOHA OOBIYHO BETBHTCS, YTO MO3BOJIET HEPefaBaTh CUTHAI OJHOBPEMEHHO HECKOIBKHM KICTKaM-MHIICHAM. CTEeleHb BETBICHUS
JICH/IPUTOB TOXKE MOXKET OBITH OUCHb BBICOKOH - B HEKOTOPBIX CITydasiX OJMH HEHpOH criocobeH npuaumaTth 10 100000 curna-
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KoHueabie
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/
TG
,
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Munnumerpa go mertpa u Gonee)
Puc. 19-2. CxemaTnyeckoe n300paKeHNE TUITHIHOTO HEHPOHA TO3BOHOYHKIX. CTpEnKaMy yKa3aHO HAaNpaBJIeHHE Iepeaadn curuano. Cample KpyITHbBIE

/

/!
Teno HelpoHa Nenpputei
HeﬁpOHBI JAOCTUTaIOT Yy YE€JIOBEKA JUIMHBI OKOJIO METPa U UMEIOT aKCOHBI JUaMETPOM 10 15 MKM.

JI0B. XapakTep BETBICHHS aKCOHOB U JICHAPUTOB Y HEHPOHOB (DyHKIIMOHAIBHO Pa3JIMYHbIX TUIIOB MOXKET OBITh IIOPA3UTENIBLHO PasHOOOpa3HbIM (puc. 19-3).

19.1.2. HepBHbIe KJIeTKH NepeJaloT dJIeKTpUiecKue CUrHajbl 3]
3HaveHNe CUTHAJIOB, IIEPEAaBACMbIX HEPBHON KIIETKOM, 3aBUCHT OT TOTO, KaKyl0 POJIb UIPAET 3Ta KJIETKa B paboTe HEPBHOH CHCTEMBI B LiejoM. B
MOMOPHBIX (08UAMENbHBIX) HEUPOHAX CUTHAIIBI CITYXKAT KOMaHAAMHU JUIS COKPAILEHUS ONpPEIeICHHbIX MbILILL. B cencopubix (wyecmeumensvuwix) Helpo-

Puc. 19-3. HeKOTOpLIC 13 MHOT'OYHCJICHHBIX TUIIOB HEPBHBIX KJIETOK [IO3BOHOYHBIX, KAK OHU BBITJIAAAT IIOCJIE OKPACKHU I10 Tonbmxm. Ora METOOHKA,
BKJIIOYAIOIIas MOIrpy>KEHUE TKaHU B paCTBOP coieit METaJJIOB, ITIO3BOJIACT IIOJHOCTBIO OKpAllIMBaTh B ‘-IepHLIﬁ IBET H€6OJ'H>H.IyIO JOJIIO KJIETOK, UMCIOLINXCS B

B
Ipernapare, 4 JaeT BO3MOKHOCTb YBUAETh BCE PA3BETBICHUS KJIETOUHBIX OTPOCTKOB. OT Teaa HeHpoHa OTXOAUT MHOXKECTBO ACHAPUTOB, ITOTYYaIOIHX
BXOJIHBIE CUTHAJIbI OT JAPYTUX KJIETOK, M OJJMH TOHKHUH BETBAIIUICSA aKCOH, EPEJAtOIMil BEIXOAHBIE CUTHAJIBI B HAIIPABICHUHU, I0OKa3aHHOM CTPEJIKaMHU.

AKCOHBI IIPEJICTaBJICHBI KPACHBIM LIBETOM, TEJIO KIETKH U JICHIPHUTHI - YePHBIM. Y KIIeTOK A 1 b KOpOTKHEe aKCOHBI, OHU H300PaXKEHBI 3/1ECh TTOITHOCTBIO. Y
KJIETOK B - £ akCOHBI O4€Hb AIMHHBIC, U HA PUCYHKE MOKa3aHbI TOJIbKO UX HAYaJIbHbIC YYaCTKU. 4 - OUIOIISIPHAs KIIETKA U3 CETYATKHU ALICPHUILb; b-
KOp3UHYaTasl KJIEeTKa U3 MO3KEUKa MbIIINY; B-nupamMuHas KJIeTKa U3 KOpbI FOJIOBHOIO MO3ra Kpounka; I'-HeifpoH nu3 ctBoia Mo3ra uenoseka; Jl-onHa u3

KIIETOK-3€PE€H MO3>KCYKa KOLIKH; E- xnerka HypKI/IHBe M3 MO3)KEYKa YeJI0BeKa. DTa MOCIIEeIHss KJIETKa, UMCIOIIAas HIMPOKO PAa3BETBICHHYIO CETh ACHAPUTOB,
HUMECT LINPUHY OKOJIO 400 MKM (z[m/ma €€ aKCOHa NOCTUTaCT HECKOJIBKUX CaHTHMeTpOB).

mosty4aet curuainst ot 6omnee yem 100000 apyrux HEHPOHOB; OHA MPEACTABISIET COOOM HIEMEHT MO3TOBOT0 MEXaHU3MA, PETYIHPYIOLIETO CI0KHBIC ABIKCHHS.
PucyHku crienaHsl B pa3HbIX MacmTabax: JUIMHA OUIIOISPHOH KiteTku (4) okono 100 MxM, Torna kKak n300pakeHHas! Ha pUCYHKe JacTb kieTku [lypkunse (E)
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Hax OHH TIepearoT HHMOPMALIMIO O Pa3APAKUTEIIX ONPEICICHHOrO Ta TAKMX KaK CBET, MEXaHMYECKas CHJIA MM XHMHUYECKOE BEIIECTBO, BO3ICHCTBYIOMINX Ha
TOT WIM WHOU y4acTOK Tena. B ummepneiiponax (6cmaeounvix uetiponax), CBA3BIBAIOIIMX OAMH HEUPOH C JAPYIHM, CHIHAJbl OOECHEUUBAIOT CIOXKHOE
B3aUMOJICHCTBUE M 0ObCANHEHHE HH(OPMALINK U3 HECKOJIBKHX Pa3INYHBIX HCTOYHUKOB M YUaCTBYIOT B PETYIISLIUHU CIOXKHOTO MOBEACHUS

HecMoTpst Ha pa3nu4HOE 3HAYCHHWE CHIHAJIOB, NMPUPOAA MX BO BCEX CIydasX OJMHAKOBA M COCTOMT B M3MCHEHHH DJICKTPHYECKOTO MOTCHI[HAIA
IIa3MaTH4Yeckoii MeMOpaHe HelpoHa. CBsI3b OCYIIECTBIAETCSA Onarogaps TOMY, YTO JIEKTPHYECKOE BO3MYIICHHE, BOSHUKIIEE B OJHOM Y4YacTKE KIETKH,
pAacIpoCTpaHsAeTCs Ha APYrUe YYacTKH. DTH BO3MYIICHHS 3aTyXalOT [0 MEpe YJAICHHS OT MX MCTOYHUKA, C€CIH HET JOMOIHUTEIBHOTO YCHJICHHUS HA ITyTH
cinemoBaHus curHana. Ha KOPOTKHX pacCTOSHHMSIX 3aTyXaHHE HE3HAYUTEIBHO, M MHOTHME HEOOJBIINE HEHPOHBI IIPOBOAAT CHTHANBI [TACCHBHO, 0€3 YCHUIICHHSL.
OnHako [Is JaJIbHEH CBS3M TAKOTO MACCUBHOTO PACIPOCTPAHEHHsI HEAOCTATOYHO. [109TOMY HEHpoHBI ¢ GoJiee AIMHHBIMU OTPOCTKAMHU HCIIOJb3yH aKTUBHBIH
CUTHAIBHBIIT MEXaHW3M, COCTABJIIOIIMHA OJHO M3 CaMBIX YJUBUTEIbHBIX M XapAaKTEPHBIX CBOWCTB HEHpOHA. DJIEKTPUYECKMH CTUMYJ, CHJIa KOTOPOTrO
HPEBBILIACT ONPEACICHHYIO IIOPOrOBYIO BEIMYHHY, BBISBIBACT «BCIBIIIKYY JICKTPHYCCKOH aKTHBHOCTH, PACIIPOCTPAHSIOMICHCS C OOJIBIION CKOPOCTBIO B0
IUIa3MaTHYECKOH MeMOpaHbl HEHpoHa M IOICP)KMBAGMO C MOMOLIBI0 aBTOMATHYECKOIO YCHJCHHS Ha NMPOTSDKGHHH BCEro MyTH. JTa Oerymias BOJIHA
UIEKTPUYECKOTO BO3OYKICHHS, Ha3bIBACMasi HOMEeHYU» 0elicmeus I HepEHbIM UMNYIbCOM, CTIOCOOHA NepeaBaTh MHpOpManuio 0e3 3aTyXaHust OT OJHOTO
KOHILIa HEWPOHa K JPYromMy co cKkopocThio 10 100 m/c u Honee.

19.1.3. CBs13b Mexk1y HelpOHAMM OCYLIECTBJISIETCS B CHHAINCAX C MOMOIIbI0 XMMHYECKHX CUTHAJIOB [4] |

Cursaisl, IPOBOAUMEIC HEHpOHAMH, MEPENAIOTCS OT OJHOM KIETKH K JPYrod B OCOOBIX MeCTax KOHTaKTa, Ha3blBaeMbIX cCHHamcamMu. OOBIYHO
mepefaya OCYLIECTBIISIETCSA, KaK 3TO HH CTPaHHO Ha MEpBBI B3MIAA, HENpsAMBIM IyTeM. KieTku sJeKTpuuecKH H30JIMpOBaHBl IPYr OT Jpyra:
npecunanmuyeckass KIETKa OTIENEHA OT NOCMCUHANMUYECKOl TPOMEKYTKOM - CUHANMU4ecKou ujenvlo. VI3MeHeHHe SIIEKTpPUYECKOro MOTEeHIHana B
NPECHHANTHYECKON KJIETKE NMPUBOJUT K BBHICBOOOXKICHHIO BEIECTBA, HA3BIBACMOIO HEUpOMeOuamopoM, KOTOPOE XPAHHTCS B OrPAaHUYCHHBIX MeMOpaHOit
CUHANMUYECKUX Ny3vipbkax U BBICBOOOXKIAETCS MyTeM 3k3o1muTo3a. Helipomenuarop qudpdyHanpyer depe3 CHHANTHYECKYIO LICIb M BbI3HIBACT H3MCHEHHE
IMEKTPO(U3HOIOTHIECKOI0 COCTOSHUS IOCTCHHANTHYECKOit KieTku (puc. 19-4). Kak
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Puc. 19-4. Cxema TUIIMYHOTO CHHAICA. DJIEKTPUYECKUI CUTHAI, IPUXOIAIIMNA B OKOHYAHUE AKCOHA KIIETKH A, IPUBOJUT K BEICBOOOXKICHHIO B
CHHANTUYECKYIO IIeNIb XUMUUECKOT0 IIOCpeIHIKA (HeipoMeuaTopa), KOTOPBIi BBI3BIBACT 2IEKTPHIECKOE H3MEHEHHEe B MeMOpaHe ICHAPUTA KICTKH B.
[Iupokas cTpenka yka3plBaeT HAalpaBJICHHUE NIEpejaun CUIHAA.
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MBI YBUJIUM I103’KC, MCXaHU3M IICpEeaavu CUTHAJIA YC€PE3 TAKUC XUMUUeCKUe CUHANCbL Oosiee THOOK U JOCTYIICH IJIA ajanTanud, 4eM mpsiMas 3JICKTPUYCCKas

CBSI3b, OCYILECTBIIsICMAs Yepe3 IeIeBble KOHTAKTHI (pa3a. 14.1.7), koTopas ToxkKe HCIOIb3yeTcsl, HO TOPa3o peke.
XUMHYECKUIl CHHAIIC - 3TO MECTO HHTCHCHBHOH OHOXMMHYECKON aKTHBHOCTH, BKJIIOYAIOLICH pacmaj, OOHOBICHHE U CEKPELUIO OSIKOB U APYTUX

Monekyn. OnHako GMOXUMUYECKHM IEHTPOM HeHpoHa CIy>KHT TeJIO KIETKH, I/i¢ 3aJI0XKCHBI OCHOBHBIC «HHCTPYKIHI» II0 CHHTe3y Oenka. [losTomy Heiipony
HeoOxonnMa 3 (eKTUBHAsS BHYTPUKIECTOYHAs CUCTEMA TPAHCIIOPTa MOJICKYJI U3 Tella KJISTKH K CaMbIM OTJAJICHHBIM y4acTKaM aKCOHa U JeHIpuToB. Kax ke

OpraHH30BaHa 9Ta TPAHCIIOPTHAS CHCTEMA U KaKHe MOJIEKYJIbI IEPEHOCATCS B IeHCTBUTEILHOCTH?
19.1.4. BHoBBb CHHTE3UPYEMbI€ MAaTEPHUAJIbI IEPEHOCATCH U3 TeJ1a HepBHOﬁ KJIETKH B aKCOHBbI M ICEHAPUTHLI ¢ NIOMOIIIbIO

MeXaHH3MOB MeVIEHHOT0 ¥ ObICTPOro TpaHcnopra [5]

C OMOIIBIO YIEKTPOHHON MUKPOCKOIIMH YCTAHOBIICHO, YTO TEJIO THIIMYHOTO KPYITHOTO HEHPOHA COEPKUT OIPOMHOE KOJIMIECTBO PUOOCOM, 9acTh
KOTODPBIX HAXOJHUTCS B LUTO30JC, @ YaCTh MPHUKPEIUICHA K MeMOpaHaM IpaHySIPHOTO dHIOIUIa3MaTHIECKOro petukyiayma (puc. 19-5, A). Xots aeHApUTHI
YacTO COJEprKaT HEOOJBLIOE KOJINYECTBO PUOOCOM, B AaKCOHE MX HET, M IMOITOMY OEJIKM aKCOHA JIOJDKHBI CHHTE3UPOBAThCS HA pUOOCOMAx Teja KIETKU (puc.
19-5, b). IlotpebHOCTH aKCOHA 3HAYUTENBHBL: HAIIPUMEP, TOJIIIMHA OONBIIOr0 MOTOHEIPOHA YelIoBeKa MOXKET JOCTHIaTh 15 MKM IIpH JUTHHE

Myurn
HenpadunameHTos

RapbiwKo

hquxpotpvﬁowk_u * : §
IR ‘} ", MUK podunameHTsl
| ]
250 mkm

Uuronnaama, Boraran
puBocoMamm

Puc. 19-5. CrpoeHre IUTOIIIa3MBI THIIMYHOTO KPYITHOTO HEWpOHa (MOTOHEHPOHa U3 CIIMHHOTO Mo3ra). A. CxeMaTndeckoe n300pakeHHe Tena KISTKH [PH
HEGOJIBIIOM YBEJIMYESHHH; BUJIHO, YTO YYaCTKH LIUTOIIA3MBI, GoraTsie pubocoMamu, paciooKeHbl MEXTy IydKaMu HelipO(UIaMEeHTOB U APYTHX GEJIKOB
turockenera. 5. DnekrporHas MUKpodoTorpadust 0HOro U3 TaKUX OOraThix pUGOCOMAaMH YYaCTKOB; KOTOPbIE PHOOCOMBI IPUKPEILICHBI K IPAHYIISIPHOMY
9HOIUIA3MaTHIECKOMY PETHKYIIYMY, APYTHe HH C YeM K CBsI3aHbI. B. DIEKTpOHHAs MEKPO(oTorpadus 4acTy MOIepevHOro cpe3a akCoHa; MOXHO BT
G0JIBIIOE YUCII0 MUKPOPUIAMEHTOB 1 MHKPOTPYOOUYEK, HO pUOOCOMBI OTCYTCBYIOT. MeMOpaHHBIE I1y3bIPbKHU IIEPEBUTAIOTCS, BEPOSITHO, BIOJIb OIIHIKAMIINX
MHKPOTPYOOUEK C IIOMOIIBIO MEXaHU3Ma ObICTPOro akcoHHoro Tpaxcnopta. (C mobesnoro paspeurenus Jennifer La Vail (5) u John Hopkins (B).)
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Puc. 19-6. HeiipoH kak cekpeTopHas KJIeTKa, Y KOTOpPOH MECTO CeKpeLuH (OKOHUYaHHE aKCOHA) PACHOJIOKEHO Ha OOBIIOM PACCTOSIHMU OT MECTa CHHTE3a
MaKpOMOJIeKyJI (Tena KiaeTkn). [Ipu Takoit opraHu3anuy HeOOXOIMM MEXaHH3M OBICTPOrO AKCOHHOTO TPaHCIOPTa. 113 IpuBeIeHHOI CXeMBI He ClIeyeT
3aKJII0YaTh, YTO BCE CHHANTHYECKUE My3bIPbKU TPAHCIIOPTHPYIOTCS U3 Tella HeifpoHa: B GOJIBIIMHCTBE HEHPOHOB OHM 00Pa3yIOTCsl B OCHOBHOM ITyTEM
[OBTOPHOT'O MCIIOJIb30BAHKSI MEMOPaHBI B OKOHYaHHWH aKCOHa.

1 M, uTo cooTBeTCTBYET 0GBEMY IpUMEpHO 0,2 MM’, a 310 noutH B 10000 pas Gosblie oGbema neyeHou ol KieTku. [T0CKOIbKY B TAKOM HelipOHE TONBKO
OJITHO PO, cOOTHOIIeHHE nuTomIa3Mel K JIHK B HelfipoHe HAMHOTO BBIIIE, YEM B JIO0O0M APYroi KIETKE YeIOBEYECKOT0 OpraHu3Ma.

B axcoHe B HamOONBIIMX KOIMYECTBAX COJEpiKATCs Oenkh, 00pasylomue MHKPOTPYOOUKH, HeHpoQmiIaMeHTH (KIacc IPOMEKYTOUHBIX
(uIaMeHTOB) M aKTUHOBBIC (uameHTsl (puc. 19-5, B). benku muTockeneTa HOCTABISIIOTCS U3 TeNa KIETKH M JBIXKYTCS IO aKCOHY CO CKOpPOCThIO oT 1 110 5
MM B CyTKH. DTO MeJJIeHHbIH AKCOHHBIH TpaHCHOPT (IOZOOHBIH BUA TPAHCIOPTA UMEETCSA U B JEHAPUTAX, COACPIKAIINX HECKOIBKO HHOI HaOOp OEIKoB,
CBA3AHHBIX C MUKPOTpyOOukamu - cM. pa3n. 11.4.7). Jlpyrue Genku 1MTO30Is, BKIIOYas MHOTHE (DEPMEHTHI, TOXKE MEPEHOCATCS C TMOMOIIBIO MEUIEHHOTO
AKCOHHOT'O TPAHCIIOPTA, MEXaHU3M KOTOPOT'O HE SICEH.

Henuro3onpHble MaTepHanbl, HEOOXOAUMEIC B CHHAIICE, TAKUE KaK CEKpeTHPyeMble OeIKH M MeMOPaHOCBSI3aHHBIC MOJEKYJIbI, IEPEMEIIAIOTCS OT
Tena KIETKH C TIOMOIIBIO Topas3fo Ooree OBICTPOi Pa3HOBHIHOCTH aKCOHHOTO TPAHCIOPTAa. OTH OENKM M JMIHUIBI TIEPEHOCATCA OT MECT MX CHHTE3a B
SHIOIUIA3MAaTHYECKOM PETHKYJIyMe K ammapaTy [ oibJpKH, pacrolioKeHHOMY BOIM3M sipa (4acTo y OCHOBaHMS akcoHa). OTcCloja 3TH MOJIEKYIIBI,
«yIaKOBaHHbIE» B MEMOpAHHBIC Iy3BIPbKHU, IEPEHOCATCS IMyTeM OBICTPOr0 AKCOHHOI0 TPAHCIOPTAa CO CKOpocThio 10 400 MM B CyTKHM BIONb IyTEH,
o0pa3yeMbIX B aKCOHE U JEeHApUTaxX MUKpPOTpyboukamu (pasx. 11.4.8). Taxum ke 00pa3oM TpaHCIOPTUPYIOTCS MHTOXOHIApPHU. Tak Kak 3TUM CIIOCOOOM B
aKCOHAX U B JICHAPHTAX NEPEMEIAIOTCS PAa3HbIC BUIBbI OCIIKOB, II0JIArAIOT, YTO TPAHCIIOPTHPYEMbIEC MOJIEKYIIBI PACIIPEACISIOTCS B TENE KISTKH 110 Pa3IHYHBIM
TPaHCIIOPTHBIM Iy3bIPbKaM ONpeeICHHbIX TUIIOB (pa3a. §8.9.4).

K 6enxam, GBICTPO MEPEHOCUMBIM 10 aKCOHY, OTHOCATCS M O€NIKH, NpeAHa3HAuYCHHBIC 1T BEICBOOOXKICHNS B CHHAIICE, TAKHE KaK Heuponenmuobl,
BBIJIE/IIEMbIE MHOTHMH HEHPOHaMM B KaueCTBE HEHPOMEIMATOPOB, YAaCTO B COYETAHMM C HeOenkoBbIMH Meamatopamu. C TOYKH 3pEHMsS BHYTPEHHEH
OpraHH3allil HEWPOHBI MOXKHO NPEICTABUTH KaK CEKPETOPHBIC KICTKH, B KOTOPHIX MECTO BBHIICICHUS CEKpeTa HAXOAUTCS HA TPOMAJHOM DPACCTOSHHH OT
Mecra oOpa3oBaHus OenKoB 1 MeMOpaH (puc. 19-6).

19.1.5. Baarogapsi peTporpagHoMy TPAHCIOPTY MOAAEPKUBAETCA 00PaTHAS XUMHYECKAs CBA3b MEK1Y OKOHYAHUSAMH U
TeJI0M HepBHOIi KJIeTKH [5, 6]

BrICTpBIl aKCOHHBIH TpPaHCHOPT HEOOXOAMM BO BPEMs Pa3BUTHA KIETKU JUI1 POCTAa AaKCOHOB H JCHIPHTOB, KOTOPBIE YIUIMHSIOTCSA IIyTeM
no0aBieHUs HOBOM MeMOpaHbl Ha WX KOHIAX. BBICTPbIM aKCOHHBI TPAaHCHOPT MMEETCS M B HEHWPOHE, 3aKOHYMBILEM DPOCT, y KOTOPOTO KOJIHYECTBO
MEeMOpPaHHOI0 MaTepuala B KOHYMKAX OTPOCTKOB HE YBEIWYMBaeTcs. B 9ToM ciyuyae OBICTpBI TpaHCIIOPT MeMOpaH OT Tesia KIETKH, Ha3bIBacMBIH
anmepozpaoHsiM, NOJHKEH ObITh TOYHO COANAaHCUPOBAH C ObICHIPLIM PeMmPOSPAOHbIM
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Puc. 19-7. Ucnonb3oBaHue OBICTPOro aKCOHHOT'O TPAHCIIOPTA I HACHTH(UKAIIMI U ONPeIeICHNS JTOKAIU3AHU OTAAICHHBIX HEPBHEIX KJICTOK, aKCOHBI
KOTOPBIX OKaHYMBAIOTCS B HCCIIEYyeMOM ydyacTke. B kauecTBe Mapkepa Hanbolee MUPOKO HCONb3yeTcs GpepMeHT nepokcuaasa xpena (I1X), tak kak ero
MOJIEKYJIBI MOTYT ObITh OOHAPYKEHBI B OUEHb MAJIbIX KOJIMYECTBAX 110 OKPALIEHHBIM IPOIYKTaM PEaKI[HH, KaTaIu3UpyeMOil 3THM (epMeHTOM.

TPAHCIIOPTOM MEeMOpaH B 0OpaTHOM HANpPABJICHUH - OT KOHIIOB KJICTOYHBIX OTPOCTKOB. MeXaHH3MbI JByX BCTPEYHBIX HAlpaBICHHIl OBICTPOro TpaHCIOpTa
CXOJIHBI, HO HE MACHTUYHBI. BICTPBIN peTpOrpanHblil TPAHCIIOPT, CKOPOCTH KOTOPOTO B J[Ba Pa3a MEHbIIE CKOPOCTH OBICTPOrO aHTEPOrPagHOro TPAHCIIOPTa,
OCYIIECTBIACTCS. C MOMOILIBIO HHBIX JBUTaTeNbHBIX OenkoB (pazn. 10.4.9) m mcnoms3yercs IUIsl IEpeHOCA Iy3BIPHKOB HECKOIBKO OOJNBINEH BEIMYHHBL.
CTpyKTypbl, BO3BPALIAIONINECS B TEJIO KICTKH, COCTOSAT YaCTHYHO M3 CTAPEIONIMX LUTOILUIA3MATHYECKUX OpraHelll, HapuMep MUTOXOHIPHH, a YACTUYHO M3
Iy3bIPbKOB, 00pa3yIOMUXCs MPH UHTEHCUBHOM 3HJOLUTO3€, HEOOXOIMMOM JUIsi BOCCTAHOBICHUS MEMOpaHbl B OKOHYaHWH aKCOHA IOCJIE BBICBOOOXKICHUS
Helipomenuaropa (cM. puc. 19-20). Mornexynbl, Haxo[sIIuecss BO BHEKICTOYHOH Cpele BOKPYT OKOHYAHHS aKCOHA, MOTYT 3aXBaThIBAThCS JTHMH
SHJOLUTUPYEMBIMHU My3bIPbKaMH ¥ BMECTE C HUMH IIEPEHOCHTHCS K Tely KIeTKH. TakuM 00pa3oM, OHOCHHTETHIECKHUIT annapaT, HaXOSIIHUICS B TeJle KICTKH,
CIOCOOEH «y3HaBaTh» 00 U3MEHEHHUAX 0OCTAHOBKU Y OKOHYAHUS aKCOHA U, KaK Mbl YBUJIUM I03)K€, COOTBETCTBEHHO pearupoBaTh Ha HUX (pa3z. 19.7.10).

PerporpajHslil TpaHCIIOPT MO3BOJISET TeM, KTO H3y4aeT aHATOMHIO HEPBHOIH CHCTEMBI, JIETKO IIPOCIEKHUBATH HEPBHBIE CBS3U C IIOMOIIBIO
HECJIO’KHOM METOJMKH, [TOKa3aHHOU Ha puc. 19-7.

19.1.6. HelipoHbl 0KpY:KeHbI [VIMATBHBIMH KJIETKAMHU Pa3JIM4HOro THNa [7]

Bcest mepBHast TkaHb, Kak IepudepHdeckas, TaKk M ILEHTpaIbHAs, COCTOHT U3 KICTOK ABYX OCHOBHBIX KJIaccOB. ['7aBHas poib HPHHAMIEKUT
HeifpoHaM, HO TJIHAJIbHBIE KJIETKH, ITOJUICPKUBAONINE HEHPOHBI, MPEBOCXOJAT MX IO YHCICHHOCTH: B MO3TY MIICKONMHMTAIOMMX MX mpumepHO B 10 pa3
Goible, YeM HeHpoHOB. IJIMalbHBIE KIETKH OKPY)XalOT HEHpOHBI (KaK WX Tela, TaK M OTPOCTKM) M 3allONHAIOT IPOCTPAHCTBO Mexay HuMH. HaumbGonee
U3YYCHBl WBAHHOBCKUE KNemKy U3 Mepu(epUIecKHX HEPBOB MO3BOHOUYHBIX U 0JU200€HOpOYumbl U3 HNEHTPAIbHONH HEPBHOH CHCTEMBI IIO3BOHOYHBIX. DTH
KJIETKH OOBUBAIOTCSI BOKPYT aKCOHOB, 00pa3ys M3OJIIIMOHHBIA CIOWH B BUIE Mueaunogoli oborouxu (pasm. 19.2.4). Tpu npyrux Tuma IiIHadbHBIX KIETOK
LETPaJIbHOW HEPBHOW CHCTEMBI - 3TO MUKPOIJIMS, SIEHAUMHBIC KIETKH M acTpouutsl (puc. 19-8). Mukpoaenus OTHOCHUTCS K HECKOJIBKO 000COOJICHHOMY
KJIACCY: 3TH KJICTKU (YHKIMOHAIBHO ONM3KU K Makpodaram (paza. 17.5.1) u, momoGHO UM, IPOUCXOIAT U3 KPOBETBOPHOW TKaHHU. Bee OcTanbHbIE IIIMaIbHbIC
KJICTKH MIMEIOT 00l1iee SMOPHOHATBHOE MPOMCXOXKICHNE C TEMH HEHPOHAMH, C KOTOPBIMH OHH CBSI3aHBI, OJJHAKO B OTJIMYUE OT OOJIBIIMHCTBA HEHPOHOB NS,
KaK MPaBMIIO, HE CIIOCOOHA K 3JIEKTpHYEcKOMy BO30YyxaeHHI0. Kpome Toro, B To Bpems Kak HeHpOHbI mocie JupdepeHIMPOBKH yKe HE MOTYT JICIUThCS,
6obIIast 9aCTh ITHATBHBIX KIETOK COXPAHAET 9Ty CIIOCOOHOCTh Ha MPOTSDKEHUH BCEH XKU3HU.
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Puc. 19-8. Tpu OCHOBHBIX KJIacca IITHANBHBIX KJICTOK U3 IICHTPAIbHOM HEPBHOW CHCTEMBbI II03BOHOYHBIX. [ THAIbHBIC KICTKH BBIACICHEI [IBETOM. ACTPOLUTHI,
KOTOPbIE HanboJIee MHOTOYHCIICHHbI, NMEIOT MHOXECTBO PaJHalbHO OTXOAALINX OTPOCTKOB. HeKOTOpBIE M3 3THX OTPOCTKOB OKAHYHMBAIOTCS HAa IIOBEPXHOCTH
HEHPOHOB, a IPYTHUe, C PACIIMPEHHBIMU KOHI[AMH, 00pa3yIoT HapyXHbIi moBepXxHOCTHBIH cioit LIHC, KoTopblii OKpykaeT ee KPOBEHOCHBIE COCYIbI U
COBMECTHO C SHOTEINATBHBIMH KJIETKAMHU KaIllMIIIPOB CO3AcT reMaTodHIehanndeckuii 6appep. DMeHIUMHbIC KICTKH 00pa3yloT PEeCHHYHbIIN SITHTEIHIA,
BBICTMIIAONINI neHTpaibHble noxocTu LIHC, 1 0TPOCTKH 3THX KIIETOK, TaK e KaK M OTPOCTKH aCTPOLMTOB, YaCTO OKAHYMBAIOTCS HA KPOBEHOCHBIX COCY/Iax.
OnuroaeHaApOLHTH 00pa3yoT BOKpYT akcoHoB LIHC u30upyonyo MueInHOBYIO 0007I09Ky. MUKpPOrIHaIbHbIE KIETKH IT0 CBOUM (QYHKIHAM K
MIPOUCXOXKICHUIO OJIM3KH K MakpodaraM; OHHM y4acCTBYIOT B PEAKIMU TKAaHU Ha MOBPEKICHUE U MHPEKLHUIO0. DTH KJICTKA OOBIYHO HAXOAATCS BOIU3U
KPOBEHOCHBIX COCY/JIOB.

OnenoumHsie KiemKy BHICTUIAIOT BHYTPEHHUE TOJIOCTH TOJIOBHOTO U CIIMHHOTO Mo3ra (puc. 19-8), a ux snurenuanbHas OpraHu3alis HallOMUHAET
HaM O IPOHCXOXKIACHNUH LIEHTPAIbHON HEPBHOM CHCTEMBI U3 SIUTENUANBHON TpyOKkH (pasn. 19.7.1).

Acmpoyumor (puc. 19-8) - caMple MHOTOYHCICHHBIC M Pa3sHOOOpa3HbIC IIHANBHBIC KICTKH, HO M CaMble 3arafo4yHble: X (YHKIHS BCE CIIe B
3HAYUTEIBHON YaCTH HE BBISICHEHA, XOTS KAXKETCSl HECOMHEHHBIM, YTO OHU MIPAIOT BAXKHYIO POJIb B IIPOLIECCE TIOCTPOCHHS HEPBHOM cucTeMsl (pa3a. 19.7.2) u
PEryaMpyloT XMMMYECKHMH M HMOHHBIA COCTaB Cpe/lbl, OKpY)Karollei HelpoHsl, Hampumep, onHa M3 pa3sHOBMAHOCTEH acCTPOLIUTOB MMEET OTPOCTKM C
pacIIMPEHHBIMH KOHIIAMH, KOTOpbIe, Oyaydd CBS3aHBl COCIMHHUTEIbHBIMH KOMIUIEKCAMH BPOIE BCTPEYAIOLMIMXCS B amurenmsix (pasm. 14.1), obGpasyror
U30IMpYIOLHK Gapbep Ha BHEIIHEH IMOBEPXHOCTH LEHTPAIbHOW HEPBHOI CHCTEMBI. J[pyrue OTPOCTKH 3THX K€ aCTPOLUTOB 00pasyIOT CXOIHBIE «KOHIIEBBIC
HOXKH» Ha KPOBEHOCHBIX COCY/aX, SHIOTEINAIbHBIC KJICTKU KOTOPBIX CIy4ae KalMILUIPOB M BEHYJT) COSAUHSIIOTCS 31€Ch HEOOBIYatHO Pa3BUTHIMU ILIOTHBIMU
KOHTAaKTaMH, TaK YTO CO3JACTCs eemamosnyedanuyeckuti bapvep. ITOT Gapbep NPEAOTBPAIIACT MPOHUKHOBEHUE U3 KPOBH B TKaHb MO3ra BOJOPACTBOPHMBIX
MOJIEKYJI, €CIIH UX HE INEPEHOCAT CICLHAaIbHbIC TPAHC HMOPTHBIC OENKH, HAaXOAAIIHeCS B INIA3MATHYCCKONH MeMOpaHe SHIOTENHANBHBIX KICTOK. Takum
00pa3oM, HEHPOHBI OKa3bIBAIOTCS B KOHTPOIMPYEMOW U 3aIUIIEHHOI cpezie, YTO MMEeT pellaronlee 3HadeHHe Ul MOJEKYISIPHOrO MEXaHH3Ma Hepenadu
9IIEKTPHYECKHX CUTHAJIOB.

3akavenune

Hepsnvie xnemku, unu HetipoHsl, - MO KiemKu ¢ HeoObIMAlHO ONUHHBIMU OMPOCMKAMU, NepeoarouuMu 1eKmpuveckue CUSHAbL 6 6Ue
nomenyuanog Oelcmeuss - Oe2ywux GOH DIEKMPU4ecKo2o 6030yocoenus. Obbluno Om mena HepPEHOU KIemKU OMXOOUm HEeCKOIbKO pPA36emeleHHbIX
0eHOpUmMos u 0OuH ONUHHBII aKcOH. Kaxk npasuno, cueHaivl 60CHPUHUMAIOMCS OEHOPUMAMU U TeNIOM KIemKU, d 3amem pacnpocmpaHsiiomcs no aKcoHy u
nepeoaimcs Opy2um Kiemkam 6 XUMU4eCcKux cunancax. 30eco snekmpudecKuti CUSHAL, NPUxooAauull 6 npecuHanmuieckoe OKOH4YaHue aKcoua, uHoyyupyem
cekpeyuio HellpoMeouamopa, KOMopblil 6 C60I0 0uepedsb EbI3blBAeN! INeKMPUYECKOe USMEHeHUe 8 NOCICUHANMUYECKOU KemKe.

Hetipon moowcno paccmampusams Kak Cekpemophylo KNemky, bl0esioufyio ce0li Cekpem - HelpoMeouamop - Ha 04eHs OONbUIOM PACCMOAHUU OMm
mem Knemxu, 20e CUHMESUPYIOMCs MAKPOMOIeKyibl. BHo6b cunmesupyembvle cekpemopHule Oenku u Mamepuai 0ns NOCMpPOeHUs MeMOPAHbL NEPeHOCAMCA O
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AKCOHY U OeHOpumam 61a200aps Obicmpomy aKCOHHOMY MPAHCHOPMY, NPU KOMOPOM MeIKUue MeMOPaHHble NY3blpbKU OBUNCYMCS 800Lb Hymell, 06pazyembix
Murpompybouxkamu. Mukpompy6ouku u opyeue KOMNOHEHMbL YUMONIAZMbL, He CEA3AHHbIE C MeMOPaHamu, nepemewjaiomcs om mena Kiemxu npu nomouju
COBEPUICHHO OpPY2020 MeXAHUSMA MeOIeHHO20 AKCOHHO20 mpancnopma. beicmpeiil akcommwvlll mpancnopm ocywecmensiemcs makoce u 8 0OpamHoM,
PempoZpaOHOM, HANPAGILEHUU, NEPEHOCS MEMOPAHHbIE NY3bIPLKU OM OKOHUYAHUL AKCOHA K MeIy KIemKU.

Hetiponvl okpydicelbl enuanbHbIMu KIemKamu, Komopsie nNoMOo2aom pasiuiHslM 06pasom pecyiuposams XumMuiecKue u SAeKmpudecKue ceoucmea
cpeobl, OKpyscalouell HetipoHbl.

19.2. IToreHuna -3aBUCHMble€ HOHHbIE€ KAHAJIBI M MIOTEHIHAJ AelcTBHSA [3, 4, 8]

Kak y»xe roBopuioch B Iil. 6, pa3HOCTh NOTCHIIMAIOB MEXY BHYTPEHHEH M Hapy)KHOW CTOPOHAMH ILIa3MaTHYECKOH MeMOpaHbl - MeMOpPaHHbII
MOTEHIUAJ - 3aBHCHUT OT PAaCIpeAeNICHHUs dIeKTPHIecKoro 3apsaaa (pasa. 6.4.15). 3apsin nepeHocst yepe3 MeMOpaHy HEPBHOU KIIETKH MaJlble HEOPraHHIECKUe
HoHsI, T1aBHEM o6pasom Na ¥, K ¥, C1 "u Ca? ", koTOpble IPOXO/AT uepe3 TMIHIHbIH GUCIION 10 CHeHHpHYECKUM HOHOCETEKTHBHBIM KaHaIaM, 06pa3yeMbiM
CHELHMATbHBIME TpaHCMeMOpaHHbIME Oenkamu (pazn. 6.4.14). Ilpu OTKPBITMM M 3aKpPHITUM HOHHBIX KaHAJIOB pAaclpeleeHHe 3apsia HU3MEHSCTCS M
IPOMCXOJMUT CIBUT MEMOpPaHHOTO IOTeHIWana. TakuMm oOpa3oM, Ieperada CHI'HAJIOB HEPBHBIMH KIETKAMH 3aBHCHT OT KAaHAJIOB C PperyJupyeMoii
NPOHHIIAeMOCTHIO.

Hanbonee BakHBI ABa THIIA TAKUX KAaHANOB: 1) nomenyuan-3asucumvie Kanaivl, B OCOOCHHOCTH Hampuesble, - OHu UTPAIOT KIIOUEBYIO POIb BO
BCIIBIIIKE JICKTPUYECKON AKTHBHOCTH, IPUBOMIICH K PacHPOCTPAHCHUIO MOTEHIUAIOB NEHCTBUS IO aKCOHY; 2) JueanO-3a6ucumvie Kauaibl, KOTOPHIE
peoOpa3yroT BHEKJIETOYHbIE XUMHYECKHE CUTHAIBI B JJIEKTPHYECKUE,- OT HHX 3aBHCHT (PyHKIMOHHPOBAHHE CHHAICOB. VIOHHBIC KaHAJbl U HX pOJIb B
nepenaye 3JIEKTPUUECKUX CUTHAJIOB YK€ ObLIM ONMUCAHBI B III. 6 (pa3a. 6.4.14-6.4.17), ¥ 3TO MOCIYKUT OCHOBOMW IS AJILHEHILIETO0 pacCCMOTPEHHS Mepeiaun
HEPBHBIX CUTHAJIOB B HACTOSIIEH IinaBe. HekoTopble aleKTpHYecKkue 3aKOHBI, UMEIOIUE HeNOCPEICTBEHHOE OTHOIICHHE K HEPBHBIM KJIETKaM, IIPE/ICTaBICHbI
Ha cxeme 19-1.

19.2.1. U3MeHeHHe MOTEHMAJIA MOKET PACIPOCTPAHSATHLCS B HEPBHOI KJeTKe nmaccuBHoO [3, 4, 8, 9]

OGBIYHO MOTCHIHMANIBI ACHCTBHS BO3HUKAIOT y OCHOBAHMSI aKCOHA M 3aTEM HEPEeAI0TCs MO Beeil ero amHe. [t TOro 4To0bl MOHATH MEXAHU3M
9TOM mepejayy, IMOJE3HO BHAYAIE PACCMOTPETh, KAK PACIHPOCTPAHACTCS 3JICKTPUYECKOE BO30YKICHHE 1O HEPBHOH KIIETKE B OTCYTCTBUE IIOTCHIHAJIOB
neitctBus. Kak yxe roBOpHIIOCh, TAKOE NACCUBHOE PACHPOCHPAHe e - IBICHUE BeCbMa 00bIYHOE, OCOOCHHO B HEHPOHAX, Y KOTOPBIX aKCOHBI OUYCHb KOPOTKU
WM UX HeT coBceM. Takue KIeTKH 4acTo He MMEIOT WU TIOYTH He UMEIOT NIOTEeHIUAN-3aBUCHMbIX Na'-KaHaloB U Jisl lepe/iadi CUTHAIIA HCTIONB3YIOT TOJIBKO
[IACCHBHOE PACIIPOCTPAHEHHE, CBI3aHHOE C IUTABHO M3MCHSIOMUMUCS TOKATbHbIMU NOMEHYUATAMU.

B cocrostHuM MOKOs MeMOpaHHBIA MOTCHIMAN AaKCOHAa MMEET MOBCIOJY OAMHAKOBOC OTPHIATEIbHOE 3HAYCHHME - BHYTPCHHSS Cpela aKcOHa
3JIEKTPOOTPHUIATENIbHA 110 OTHOIICHUIO K BHEKJIETOYHOM cpene. Kak Mbl 00bsicHHIM B TI1. 6 (pa3a. 6.4.15), pa3HOCTh MOTEHIUATIOB 3aBHCUT OT 3HAUYUTENIBHBIX
rpamuentos konnentparuit Na“ u K', cosnapaembix Na'-K'-nacocom. Braronaps xananam ymeuxu K MeMOpana B COCTOSIHHH MOKOS TIPOHHUIIAEMA



1. W3onuposaHHbie Cnow 3apAAa Co3AaI0T rpagueHT
noteHymana.

[papueHT noTeHuuwana mexay ABYMA CTOPOHaMMK KNETOYHON
memBpaHbl, unu MemBparHeild noTexyuan, co3gaeTcn nabeiTikom
NONOWTENLHOrO 3apANA Ha OAHOI CTOpPOHE MeMBpaHBi

W COOTBETCTBYMOLWMM MSﬁbl‘l’KOM OTDMQETEHBHOFO 3apﬂm

Ha apyroi. Ha kamaoin cTopoHe MemBpaHel 3apAg
KOHUEHTpUpYeTCA B BuAe ToHKoro (< 1 Hm) cnoR.

BenuunuHa 3apeapa, HeobxoaWmans AnA co3aHWA AAHHOW Pa3HOCTH
noTeHunanos, onpeaenAETCA BMKOCTbIO MemBpaHbi .

Benuunma 3apAga (8 KynoHax) Ha Ka»aoit cTopoHe MembpaHsi,
HeobxoAuMan ANA CO3AaHKA pa3HoCTH noTeHuuanos B8 1 B,
Ha3bIBAETCA eMKOCTa0 MemBpaHsl (B dapapax) .

O6bivHo €MKbETh KNeToYHOW MeMbBpaHel cocTagnAeT oKono 1 Mxtwcu"
wnu 0,01 n®/mi M2‘ CnepoeatensHo, NepeaavmxeHue 3apaga

8 0,001 nKn vepes 1 M2 nnowaam membBpaHsl M3MeHUT memBpanHsi
noTeHuwan Ha 100 mB.

6. Tok co3paet 3apAaa.

EQWVHWLBI
3. Ywmcno moHos, 0BpasyoWmMX
3apAa: kynows (Kn): 1Kn=6,2-1018- 3apAn CNoW 3apAga Ha memGpate,
T AR PO 04eHb Mano No CpaBHeHMIo
ANA MeMBpaHBI aKCOMa KanbMmapa OAHOrO 3NeKTpoHa C OBLIUM KONMUECTBOM HOHOR

B MOMEHT NUKa NoTeHuuana
AewctenA pasHa 300 nCwm;

COOTBETCTBYHOLMA HATPHEBLIA

.1n18
L T EMECTE Gl (il 3 ) i o
MNposoaumocTts: cumercsi (Cu) (amnepsl Ha 1 B) 3To o3HavaeT, 470 3apAA 0,001 nKn
Mpu ycnosum, uto Yepes membpaHy 3 akeusanenTeHd 6000 oaHoBaneHTHbIX
NPOXOART TONLKO MOHBI HATPUA, MB — munnusonst (107 B) 1oHOB. CneaosarensHo, nou
3apAA, NepeHoCUMBbIiA HaTPUeBbIM M® — Mukpothapana “0-—5 ) npoxoxaeHuu 6000 noHos HaTpMA
;?:;‘M;I::;:I:M?c:::: :axcu - HKn — HaHokynoH t10_9 Kn) sapez 1w w? oot

ManbHbIA HaTpUesslii TOK coxpa-— nCwm — nukocumenc (10~ 12 Cu)

HAETCA BO BPeMA noTeHuwana

Motexuwnan: sonsTel (B)

Tok: amnepel (A) (kynoHmi B 1¢)

BHYTPH KNETKHM.

OauH KYnoH cooTeeTCTBYET 3apagy,

33pAAA ANA TOro, 4T06kLI CMECTUTE
mMemMBpaHHbIA NOTeHUMan NPUMEPHD
Ha 100 mB. Tak kak B 1 MKM3

peictemA B8 TeveHue 0,2 mc. 3apAn

W3MEHUTb MemBpaHHbIA NoTeHuwnan il
(eM. Bbiwe nyHKTBI 11 2). G2

5. WoHHBIA TOK NPONOPUWOHaneH
ABMAHYLLER CHNE, YMHOMEHHOR
Ha ntDﬂ,HMO[‘."I& MeMﬁp&Hbl.

MpoxoaAwmia Yepes memBpany Tok,
HanpuMep TOK HaTpueBblX WOHOB '-Na
(s amnepax) paseH

INa V' — VNa}'

rAe gy, — HaTpueBan NPOBOAMMOCTb MeMBpaHbI.

OHa NponopuMoHansHa Yucny oTKPbITbIX

B A3aHHBIA MOMEHT HaTDUEBLIX KAHaNoB.
ﬂpcsommomh OAHOMO OTKPLITOMO HATPUEBOTO
KaHana pagHa npumepHo 4nCwm gnA aKcoHa KansMmapa,
ag 1 MKM© MemBpanel COAEBPMUTCA OKONO

75 HaTpueBbIX KaHanos.

Cxema 19-1. DACKTPHHECTBO, HOHBI M MeMOpaHbl
HEKOTOPbIE OCHOBHbBIC NPHHIIHIIGI.

TAKOW BENUYMHBI YiKe cnocobeH . UMTONNa3mel COAEPHUTCA OKONo 3 !07 HaTpuesbIX MOHOB, TaKoe NepemMelleHWe 3apAaa 0bbiyHo
HE OKa3biBaeT 3aMeTHOro BNMAHKUA Ha Tpaﬂcueuﬁpaunble FpagneHT bl KOHUEHTPaUWK WOHOB.

InNexTPOXMMUYECKan 'ABMKYLWLARA cuna’’ npeacTasnAet coboi
cyMMapHoe AedcTere MemBpaHHOro noTeHuuana
W KOHUEHT PALMOHHOIO MPaaveHTa.

MNpu KOMHaTHOW TeMnepaType ANA OAHOBANEHTHOrO NONOMUTENLHO

+ +
3apAMEHHOTO WoHa, Takoro Kak Na' unu K7, cymmapHan aswxyiwlan cuna,
BO3IHMKaWaRA Ha memBpaHe, NPONOPUMOHanbHa

Vv —58 10910 (C,/C),

rae V — memBpaHHBIA NOTEHUWAN B MUNNMBONLTAX,a Co ] Ci -
BHEKNETOYHAA N BHYTPUKNETOYHEA KOHUBHTPaUUKM MOHE COOTBRTCTBEHHO.
"Oankyuwan cuna’ ANA NONOMUTENLHLIX MOHOB paBHa Hynw, Koraa

V= 58 EOQ\‘o (c(}“rcll mB.

370 caman npocTan chopma ypaenerus Heprera (cm. pazn. 6.4.15) .

C ero noMouws ycTat aloT 3HaYeHUe PaBHC Oro noTedyuana

ANA AGHHOTO NONOXWUTENLHOTO 38PAMEHHOro MoHa. [INA aKcoHa Kanbmapa
paBHOBECHBIE NOTEHUMANLI ANA MOHOB HATPWA, KaNWA W xnopa, VNa, Vi

1 V|, pasHbl cooTeeTcTeeHHo +55 MB, —75 MB u —65 mB. CymmapHbie

ABMMYLLKWE CANLI ANA 3THX MOHOB COOTBETCTBEHHO NPoONopPUMOHanNbLHLI
V- VNa, v —VKH V- Vcl,
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Puc. 19-9. Tok, BBOIMMBIN B aKCOH Y€Pe3 MUKPO3JIEKTPOI, BBIXOIUT HAPYKY Uepe3 IIa3MaTHUeCcKyto MeMOpaHy. BenudnHa BbIXOISILET0 TOKA yMEHbIIACTCS
9KCIIOHCHI[UATBHO C YBEIMYCHUEM PACCTOSHUS OT MUKPOAJIEKTpoaa. IIpeamonaraercesi, 4T0 9TOT TOK BBI3BIBACT JIMIIb TOAIOPOTOBYIO ACTIOISPHU3ALINIO
MeMm6Opansl. Ha Tpex rpaduxax moj cxeMoil Hoka3aHo, Kak CMEIIeHHe MeMOPaHHOTO OTEHIHAlIa, BEI3BAHHOE KOPOTKIM TOTYKOM TOKA, YMEHBIIAETCs C
YBEINYCHUEM PACCTOSHHSA OT UCTOYHHKA BO3MYIICHUS. PaccTosiHMe, Ha KOTOPOM CABHI MEMOPaHHOTO IIOTCHIMAIA YMEHbIIAeTCs Bl/e pas, Ha3bIBAIOT
[OCTOSIHHO# UTiHEL. ITOCTOSHHAS ANMMHBI BAPBUPYET B mpeaenax npuMepHo ot 0,1 MM (U1t 04eHb TOHKMX aKCOHOB ¢ MEMOPAHOH, OTHOCHTEIIBHO JIETKO
IPOIYCKAIONIEH HOHBI) 10 5 MM (IUIS O4€Hb TOJICTHIX aKCOHOB C OTHOCHTEIBHO HENIPOHHIIaeMON MeMOpaHoii). B HameM npuMepe sTa HocTosiHHAS paBHA 1
MM.

TOJBKO JUISL KaJUs, IO3TOMY MEMOPaHHBII ITOTEHIMAN IIOKOs OJIM30K K PaBHOBECHOMY KaJIHEBOMY HOTEHIHAILY - 00bIMHO okoino —70 MB (cM. cxemy 19-1).
DNEKTPUUECKUI CUTHAII MOXKET NPUHUMATh (GOpMY Oenonapusayuu, KOT/a MaJieHue MOTCHINAala Ha MeMOpaHe YMEHbBIIACTCS, WIH cUNepnoaapu3ayuu, npy
KOTOpPOH OHO Bo3pacraeT. UToObI OOBSICHUTH MEXaHH3M MACCHBHOTO PACHPOCTPAHCHHS ICKTPUYECKOTO CHTHANA, PACCMOTPUM, YTO IPOUCKOAUT IIPH
JIOKaJTbHOH JETIOIIpU3ali aKCOHA C IIOMOIIBIO TOKA, IIPOITyCKaeMOro 4epe3 BBEJICHHBIN B akcoH aekTpoxd. Ecim cuia Toka mana, nenoisipusanus Oyner
n0onopozoeoti: mpakTHieckn Bce Na ‘-kaHambl OCTAHYTCS 3aKpBITHIMH M MOTEHIMAIOB JEHCTBHS HE BOZHMKHET. BBICTPO YCTAHOBUTCS DPaBHOBECHOE
COCTOSIHHE, NPH KOTOPOM TOK, IHPOTEKAIONIMil Yepe3 MHKPOIICKTPOJ BHYTPh KICTKH, TOYHO COAIaHCHPOBAaH TOKOM (TVIaBHBIM 00OpasoM KalHMEBBIM),
BBITEKAIOIM 4Yepe3 MeMOpaHy. YacTb Toka OyJeT BBIXOAUTH BOJIM3M MHKpPOAJIEKTPOAA, @ YacTh, IPEXkIe 4eM BBINTH M3 KICTKH, HPOIeT HEKOTOpoe
paccTosiHe BHYTPH aKCOHa B TOM WJIM APYrOM HampaBieHHH. 1109TOMy cABUr MeMOpaHHOrO MOTEHIHala OyneT SKCIIOHEHIHAIbHO yMEHBLIATHCS C
YBEIIMYCHUEM PACCTOSHHS OT MCTOYHHKA Bo3MyIueHus (puc. 19-9). Takoro poia macCHBHOE pacrpOCTpaHEHHE SJICKTPHYECKOTO CUTHajla BJOJb OTPOCTKA
HEPBHOI KJIETKH aHAJIOTHMYHO PacIpOCTPAaHEHUIO CHUTHAJA IO TelerpadHoMy KaOelro, jexameMy Ha JHe Mops. Ilo Mepe MpOXOXkIEHHS TOKa II0 OCEBOMY
MPOBOJIHHKY (LIUTOILIA3ME) MPOMCXOJUT HEKOTOpask yTeuKa 4epes CII0oi H30iauu (MeMOpaHy) B OKPYXKaOILYIO CPEJly, B Pe3yJIbTaTe Yero CUrHal IIOCTENIEHHO
3aTyxaeT. [103TOMy 3JIEKTpHYECKHE CBOMCTBA, OT KOTOPBIX 3aBHCUT MACCHBHOE PACIPOCTPAHCHHE CHIHAJIOB, YaCTO HA3BIBAIOT KAOENbHbIMU CEOUCMEAMU

aKCOHa.
Bnpoqu, AKCOHBI KaK IPOBOJAHHUKH HAaMHOI'O XYXKC DJICKTPUYCCKUX KaGeJ’[eﬁ, U uid nepeiadu CUrHajioB Ha pacCTOSAHUA 6OJIbIIIE HECKOJIBKUX

MUJUIA-
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Puc. 19-10. Kanbmap: 1oka3aHO  pacIOJIOKEHHE
TMTaHTCKHX aKCOHOB, OONbIIME pa3Mepbl KOTOPBIX AAIH
BO3MOXKHOCTb IPOBECTH IEPBBIE JKCICPUMEHTHI 110
U3y4YEHUI0 MexaHu3Ma noteHnmana aeicreus. (H. Curtis,
Biology, 4th ed. New York: Worth, 1983; Keynes R. D.
The nerve impulse and the squid. Scientific American,
December 1958.)

Hepa, copgpaammn

FUFAHTCKKUA aKcoH

10 cm

METPOB ITaCCHBHOT'O PACIPOCTPAHEHHUs YK€ HEJOCTATOYHO, OCOOCHHO B TEX CIIydasxX, KOrJa CHTHAI cjiad M HEeHNPOAODKUTENCH. DTO CBS3aHO HE TOJIBKO C
YTEUKOif TOKa, HO TAK)Ke M C TEM, YTO CABHI MEMOPAHHOTO IOTCHIMAJA, BBI3BAHHBIA TOKOM, IPOUCXOIUT HE MTHOBEHHO, a TPeOyeT HEKOTOPOTO BPEMEHH.
Heo0Oxonumoe BpeMst 3aBUCUT OT eMKOCmU MEeMOpPaHbI, T.€. BEIMYUHBI 3apsija, KOTOPBIA JODKEH HAKOIUTHLCS 0 TY U APYTYI0 CTOPOHY MEMOpaHbI, 4TOOBI
IPOM30LUIO JaHHOE W3MEHEHHEe MEMOpaHHOIro HoTeHiuana (cM. cxeMy 19-1). MemOpaHHast eMKOCTh 00YCIIOBINBACT KaK 3aMe/JICHHE TACCUBHOM Hepenayuu
CHTHAJIOB BIOJb AKCOHA, TaK M HCKaxeHne ux. Hampumep, pe3kuili KOPOTKMI CTHMYIN, MPUIOKCHHBIH B OJHOH TOYKE, HA PACCTOSHHH HECKOIBKHX
MIJUTAMETPOB PETHCTPUPYETCS yXKE KaK IUIABHBIM, TIOCTEIIEHHO BO3PACTAMOIINI U MAJAIOIINIA TOTCHIHAI C CHIBHO YMEHBIICHHOH aMIUTHTYI0# (cM. puc. 19-
9). TakuM 00pa3oMm, A BEpHOM Nepeaadyd CUTHAIOB HA PACCTOSHUS, IPEBBIILIAIONINE HECKOIBKO MHJUIMMETPOB, B JOIOJHEHHE K MACCUBHBIM KaOEIbHBIM
CBOJCTBaM aKCOHY HEOOXOAMM aKTHBHBIH MEXaHH3M, IOJICPIKUBAIOIINHA CUITy B (OPMy CHUTHANA Ha BCEM €ro myTH. TakuM aBTOMAaTHYCCKH YCHIMBACMBIM
CUTHAJIOM CITYXKUT NOMEHYUAN Oeticmaus.

19.2.2. MoTeHnuan-3aBUCHMbIe HATPHEBbIE KAHAJIBI TEHEPUPYIOT MOTEHIHAII IeHCTBHS; MOTEHIMAI-3ABUCHMbI€e KaJlHeBbIe
KaHAJIbl OTPAHUYMBAIOT €ro MPOJ0JLKHTENBHOCTS |3, 4, 8,10]

DJEeKTPOXMMHYECKUI MEXaHU3M IOTEHLMAJIOB NEeHCTBUS ObLI BHepBble ycraHoBieH B 40-50-x rojgax Hamiero Beka. B To Bpems eue He Obuin
pa3paboTaHbl METOIBI H3YUCHHS ICKTPHYCCKHX SBICHUN B HEOONBIINX OJUHOYHBIX KICTKAX, M TO3TOMY SKCIICPUMEHTBI MOXHO OBUIO IIPOBOIHUTH TOJBKO Ha
THT'aHTCKOH KJIeTKe, a TOYHEe Ha €€ YacTH - THTaHTCKOM akcoHe KaiabMapa (puc. 19-10). Ilocnenyromme paGoTHI moKa3aid, YTO HEHPOHBI OOJIBIIMHCTBA
JKUBOTHBIX IPOBOAAT HOTCHLMANBI JEHCTBUS TakuM ke oOpasom. Ha cxeme 19-2 mnpencraBiieHbl HEKOTOPbIE M3 KIIIOUEBBIX OCHOBOIOJATrAIOIINX
9KCIICPUMEHTOB. HecMOTpsi Ha 3HAYHTENbHBIC TEXHHYCCKHE YCOBCPIICHCTBOBAHMUS, CHCTAHHBIC C TEX IIOP, JOTHKA MEPBOHAYAIBHBIX HCCICAOBAHMIH
MPOIOIKAET CITYKUTh MOJIEIBIO JUIS COBPEMEHHBIX paboT. Pemaromnym MOMEHTOM CTAl0 MOHMMAHHE TOTO, YTO MPOHUIAEMOCTh MeMOpanbl 1t Na“ u K*
U3MCHSCTCS HPU H3MCHCHHM MEMOPAHHOrO MOTCHIMANa; WHBIMH CJIOBaMH, B MEMOpaHE HMMEIOTCS HATPHEBbIC M KaJIMCBbIC KaHAJbl, 3aBHCHMBIC OT
norteHuana. Meroa ¢uxcauuu norenuana (puc. 19-11) nan BO3MOXKHOCTh HOAPOOHO M3YUUTh 3aKOHOMEPHOCTH OTKPBITUS U 3aKPBITUS STHX KaHAIOB NPHU
M3MEHEHNH MeMOPaHHOTrO MOTEHIMAaIa U [0Ka3aJl, 4YTO IOTSHIUAN ACHCTBYS ~-IIPSIMOE CIISCTBHE ATHX 3aKOHOMEPHOCTEH.

IMoTeHuuan nefcTBUS BO3HHKACT, KOIJa MeMOpaHa MIHOBGHHO ACNONSPHU3YETCS N0 YPOBHS, MPEBBIAOIIEIO ONpEAENCHHbIA nopoe. Kak yixke
TOBOPWJIOCH B IL. 6, B PE3y/IbTaTe TaKOH ACTIOJSIPU3ALMK KAKOTO-TO Y4acTKa MEMOpAHbI 3/1eCh OTKPOIOTCS NOMEHYUAN-3A8UCUMbLE HAMPUEsble KAHATbL, YTO
BBI30BET TOK MOHOB Na' BHU3 MO HX 3JIEKTPOXMMHUYECKOMY IPaJMEHTY; CIEICTBHEM OyleT nanbHeimas Aenonispu3aius MeMOpaHbl, B pe3yJbTaTe uYero
OTKpOETCs ewle Oouiblliee YUCIo Na'-kaHanoB, U Tak pajee, MOZOOHO LEMHOH peakuuu, A0 TeX IMOp, MOKa MOTEHIMAI B 3TOM YYacTKe MeMOpaHbl He
MPUOIM3UTCSA K HaTPHEBOMY PaBHOBECHOMY HOTeHHManly (cM. cxemy 19-1). Ha sToM 3Tame mpoucxXomsT JBa COOBITHS, KOTOPbIE BO3BPAINAIOT ITOTECHIIUAI
MeMOPaHBI K MEPBOHAYANLHOMY OTPHIATEILHOMY 3HAaUEHUIO: Na -KaHaJbl CIOHTAHHO NEPEXOJIAT B 3aKPBITOE, UHAKMUGUPOBAHHOE COCTOSHUE, & NOMEHYUd-
sasucumvie K “-kananst omxpoigaiomces. DTH KalueBble KaHAIbl PEArMPyIOT HAa W3MEHEHHE MEMOPAHHOTO MOTEHUHMANA [OUYTH TaK K€, KaK M HATPHEBbIE, HO
MeHee GBICTPO, M TI0ITOMY UX MHOT/IA Ha3bIBAIOT Mednennvimu K *-xananamu. Kak Tonbko K'-kaHabl OTKPBIBAIOTCS, BHIXOIALIMIA Kaie-



299

1. IloTeHuMAa/bI AeliCTBHS PETHCTPUPYIOTCA € IIOMOLUbIO

BHYTPUKJIETOYHOI'0 3J1€KTPOJ1a

T'uranTckuii akcoH KanpMapa gocturaet npumepHo 0,5 — 1 MM B nuamerpe

W HECKOJIbKUX CAaHTHMETPOB B JuiMHY (puc. 19-10) . Dnektpox B BHIE CTEKISIHHOIO

KaIMJULIpa, 3aI0JHEHHOTO IPOBO/SIIUM PACTBOPOM, MOXKET OBITH BBEZIEH IIyOOKO B

LUTOINIa3My IO HAIpPAaBICHUIO OCH KiIeTKH. C MOMOIIBIO TAKOTO 3JIEKTPOJa MOXKHO

M3MEPUTh Pa3HOCTb NMOTEHLHATIOB MEXIY LUTOIIA3MON U HapY>KHOH IOBEPXHOCTHIO

KJIETKH — MeMOpaHHBIH MOTEHLIHAN — 60 6peMs NPOXOXKIECHUI UMITyJbca. MmMmybe

MO>KHO BBI3BaTh KOPOTKUM 3JIEKTPUUECKUM Pa3ApaKEHUEM OJHOTO M3 KOHIIOB aKCOHA.

B KakoM KOHIIE aKCOHA 3TO IPOHCXOAUT, HE Ba)KHO, IIOCKOJIBKY BO30YKICHHE MOXKET

PacIpocTpaHsThCs B JII000M HAMpaBieHWH; CUJIA CTHMYIILUH, €CIH OHA IPEBBICUT

oIIpeieNIeHHBII IOPOT, TOXKE He MMeeT 3HAYeHHs: HOTEHIHA ACHCTBUS IIOJUHHICTCS
3aKOHY "BC€ WJIM HU4ero".

Bry TPMKNETOYHLIR 3nexTpog|
(B 1 =
a0 | NoTexuwnan
ABRCTBWA
[=+] 0
=
—60 |
0 2 4 & s}
[T AxcoM 1 Mm

2. [lomenyuanst deticmeusi 3a8Ucsim mMobKo Om C80UCME NAAZMAMU4ecKoll
Membpanst Helpona u mpancmembpannbx 2paduenmos konyenmpayuu Na* u K.

Kak BHYTpW, Tak M CHapyxu akcoHa Haubonee MHOroYMCrieHHb
vonbl Na®, K™ u CI'. Kak n B apyrmx knetkax, Na'K" - Hacoc nogaepxusaet
KOHLEHTPALMOHHBIA TPaAMEHT: KOHLEHTPaLWUsA MOHOB HATpUst BHYTPU KMeTKu
npuMepHo B 9 pa3 MeHbLUe, YeM CHapyXu, TOr4a Kak BHYTPW - KneTouHas
koHUeHTpauusi K mout B 20 pa3 Bbille MO CPaBHEHWMIO C BHEKNETOYHOM
cpegoi. Kakue WoOHbI BadkHbl AN MoTeHuvana [gencteua?  Pasmepbl
MMraHTCKOro akcoHa KasibMapa HacTOJIbKO BENWKM, YTO MOXHO BbldaBUThL U3
HEero uMTonnasmy, CroBHO 3yOHyt0 nacty u3 Tiobuka, a 3aTem

PeavHOBbIA BANM K Axconnaima

Nor

Pe3auHoBan NOACTHN KA

|mone  THranTCKum aKcoH

HaMoMHUTL ero YncTeiM pactopoM Na®, K u Cl unm SO
. MuTepecHo To, uto ecnu koHueHTpauumn Na* n K BHyTpn
W cHapyXu Gnn3KM K €CTECTBEHHbIM (M TOMbKO B 3TOM
cny4ae), akcoH OyageT MpoBOAWTbL MOTeHuUManbl AENCTBUSA

HOpMarbHOW hopmbl, n3o6paxeHHo BbILLE.
CnepoBaTefibHO, CyLLEeCTBEHHYd pofb B nepepadve
SMEKTPUYECKUX  CUrHaNoOB  KNETKOW  [OSkHa  wurpatb

MeM6paHa. Hanbonee BaXHbl WOHbI HaTpua u Kanua,
TpaHCMeMOpaHHbIE FPaMeHTbl UX KOHLEHTPaLUA AOMKHbI
obecneunTb 3Hepruio, Heobxooumylo AN MNpoBedeHUs
noTeHuwmnanoB p,eI7ICTBI/IF|, TaK Kak BCe [pyrme WUCTOYHWUKU
mMeTabonuyeckon sHepruu, Mo-BUAMMOMY, yAansioTcs B
npouecce nepdysunu.

Tox nephyIMOHHDA K AKOCTH

o>

Mepdy3MoHHEA *MaKOCTE

Kanwna

MernBpaHa ruranTcKoro axKcona

3. B cocTosinuu nokost MeM0pana npouunaema B ociosrom 1is K'; B
MOMEHT IPOXO0KACHHUsI NOTEeHIIHAJIa HeﬁcTBHﬂ OHa HA KOPOTKO€ BpeMsl
CTAHOBMTCS NPOHULIAEMOIi 1J1s1 Na*.
B coctosHuM nokosi MembpaHHbIi  noTeHuman 6nu3ok K
paBHOBECHOMY KanveBoMy noTeHumany. [lpu u3MeHeHun BHEKNEeTO4YHON
KOHUeHTpauum K noTeHuman nokos W3MeHsieTcs npubnuantensHo B
cooTBETCTBAN C ypaBHeHnem HepHcta gna K (cm. cxemy 19-1 n pasg.
6.4.15). CnepoBaTtenbHO, B COCTOSIHUM MOKOS MemOpaHa mnpoHuuaema
rnaBHbIM 06pasoM Ans K': 0OCHOBHLIMM NYTAMM AMNS NPOXOXAEHUS 9TUX MOHOB
yepes MeMbBpaHy criyXaT kaHarbl yTEYKU Kanusi.
M3meHeHMe BHEKNETOYHON KoHUeHTpauum Na’ He BnnseT Ha noTeHuman
nokos. OpHako BbIicOTa MWKa MNOTeHUMana [elcTBUS  U3MeHsIeTCcs
NpUBnMaNTEnLHO B COOTBETCTBUM C ypasHeHneM HepHcta ana Na'. 3Hauur,
BO BpeMsA noTeHumana Aenctsms membpaHa, no-BMAMMOMY, MpoHULaema
npeuMyLLecTBEeHHO Ans noHoB Na': OTKpbIBAlOTCA HATPUEBbIE KaHarbl.

Mocne nuka noTeHuuana [OenUcTBUS  MeMOGpPaHHbIN
noTeHuMan BO3BpallaeTcss K OTpuuaTenbHOW BenuuuHe,
KOTOpasi 3aBMCMT OT BHEKNETOYHOW KOoHUeHTpauun K u
naxe Onwxe K paBHOBECHOMY KariMeBOMY MOTeHUMany,
YyemM noTeHUuan  nokos:  membpaHa  yTpauuBaeTt
NPOHNLI@EMOCTb Ansi HaTpusl, Torga Kak MpOHMLAeMOoCTb
Ons Kanus  Bo3pacTaeT, T.e. HaTpueBble  KaHanbl
3aKpbIBalOTCS, a LONONHUTESbHbIE Kanuesble
OTKpbIBaOTCS.

40
@opma NOTEHUMANa AeHCTE

NPY PAINUYHOR KOHUEHTpal
HOMOB HATDUA B HADYWHO
1100, 50 »w 33%

0T HOpMBbI)

cpeae

0 1 2 mMC

4. MeTtox puKkcanuu HaNpsiKeHUs! 1aeT BO3MOKHOCTb HAGII0/1aTh, KaK
MeMOpPaHHBIH NOTEHUUAJI KOHTPOJIHPYET OTKPBITHE U 3aKPbITHE HOHHBIX
KAaHAJIOB.

MoxHo nogadepxmBaTb MEMOPaHHbIA NOTEHLUMAn Ha NOCTOSIHHOM YpPOBHE MO
BCEV [ANVMHEe akcoHa, Mponyckas TOK Hagnexaiwienh BenuyuHbl Yepes
MeTarnnmMyeckyo MpPoBOSOYKY, BBEAEHHYIO MO OCU akCOHa, U OOHOBPEMEHHO

perucTpvpys MeMBpaHHbIN noteHuman c MOMOLLb0 Aapyroro
BHYTPUKINETOYHOro 3mnektpoga (cMm. puc. 19-11) Ecnn mem6paHHbIi
noTeHuMan BHE3anmHO OTKMOHWTb OT YPOBHSA MOKOS W BbI3BaTb

NPOAOIMKNTENbBHYIO Aenonapusaunio Membparbl (A), TO HaTpueBble KaHanbl
HauMHaloT ObICTPO OTKPLIBATLCHA, W 3TO MPOAOIKAEeTCs [0 Tex nop, noka
NPOHMLI@EMOCTb MeMOpaHbl ANA MOHOB HAaTPUS HE MPEBbLICUT NPOHMLIAEMOCTb
ee [ns Kanus; 3aTemM HaTpveBble KaHaslbl CMOHTAHHO 3aKpbIBAOTCS Aaxe npu
HensmMeHHoOM MembpaHHOM noTeHuuane. KanueBble kaHanbl — ToOXe
OTKPbIBAIOTCH, HO C HEKOTOPOW 3afepXXKoW, TaK YTO MPOHMLAEMOCTb
MeMOpaHbl ANs Kanus Bo3pacTaeT B TO BPeMs, KOr4a NpoHWLAeMocTb Ans
HaTpusi yxke cHuxaeTcst (b) Tenepb 3KCNEPUMEHT O4eHb BbICTPO MOBTOPUTB,
BO3BPaTVB Ha KOPOTKOEe MeMOpaHHbI MoTeHuMan K YPOBHIO MOKOS U BHOBb
fenonsipusoBaB  MembpaHy, TO peakuuss membpaHbl OyaeTr uHOM: B
pesynbTaTe NPOAJOIKUTENbHOW  Aenonspusauunm  HaTpueBble  KaHanbl
UHaKmueupyomcs, NO3TOMy BTOPWYHASA IeNospH3alds YKe He H3MEHseT
IIPOBOAUMOCTH MeM6paHLI, KaK 3TO

npoucxoanT Npu nepeoV Aenonspusauuun. [ns Bbixoaa
N3 TaKOro COCTOAHUA Tpe6yeTc;| OTHOCUTENIbHO MHOIo
BpeMeHn — npumepHo 10 mc, mnoka MembpaHa
penonspusyeTca (NOTeHUMan BO3BPALLAETCA K YPOBHIO
NOKOS) .

B HopmarmbHbIX YCNOBMSAX MNepexof MWOHOB
HaTpus BHYTPb Yepe3 OTKPbITble HaTpueBble KaHarmbl

BbI3blBaeT "nMuK" noTeHuMana MQOeucTBusl, a 3aTeMm
WHaKTMBaLUUS  HaTpMEBbIX KaHamoB W OTKPbITME
KanueBbIX  KkaHarnoB  Bo3BpawawT MembpaHy B
COCTOSIHME MOKOS.
A 420
MemBparHmia Mo TeHywan|

[<s]
2

65 =
= Kanane:
A ) 20 JAKDBITHI OTHPBITE Kanwesan NnposoammocTt
5
s 10
L MHAKTABW DOBAHbI

ot Hatpueaan NpoBOaN MOC

0 2 4 6
Cxema 19-2. HekoTophle KIacCHYECKHME OSKCIIEPHMMEHTHI Ha
TUIaHTCKOM aKCOHE KalbMapa.
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Puc. 19-11. Meron ¢ukcauuu HampsHKeHHs, ¢ MOMOIIBIO KOTOPOrO H3Y4alOT IMOBEACHHE HOHHBIX KaHAJIOB, M3MEpss TOK,
NPOTEeKAIOMUH depe3 INIa3MaTHYeCKyl0o MeMOpaHy, KOrha MeMOpaHHBIH IIOTEHIHANT IIOJJICp)KHBAeTCs Ha KaKOM-ITHOO
HOCTOSIHHOM YpOBHE. VICIONB3yIOTCs Ba BHYTPHKICTOYHBIX DJIEKTPOJA - OJHMH UL KOHTPOJISI MEMOPAHHOIO IOTCHIHala, a
JPYToii JUIs BBEACHHS B KJICTKY TOKA ONpEAENICHHOH BenudnHbl. TOK, BXOAALIMK B KICTKY 4epe3 3JIEKTPOJ, BHITCKACT HAPYXKy
4yepe3 HOHHBIC KaHAJbl B IUIA3MaTHYECKOil MeMOpaHe; Ha PUCYHKE 3Ta IIelb BhIJeIeHa IBeToM. [lo Tex Iop HoKa MeMOpaHHBIH
HOTEHI[HAJI HMEET IOCTOSHHYIO BEJIMYMHY, TOK |, BXOISIIMH B aKCOH 4Yepe3 3JIEKTPOA, IOJHOCTHIO YpPaBHOBEIIMBACTCS
CYMMapHBIM TOKOM, BBITCKAIOIIMM U3 KJICTKHM 4Yepe3 BCIO MOBEPXHOCTh aKCOHA (B IPOTHBHOM Ciy4ac OOIMil 3apsa BHYTpH
KIIETKH M3MEHHIICS OBI, 4TO NpHUBENO OBl K CABUTY MEMOPAHHOTO IOTEHIHana). MeMOpaHHBIH IOTCHIHAT MOXKHO H3MEHSTH,
YMEHbIIAsl WIH YBEIMYUBAs TOK, BBITCKAIOIIMI HapyKy. DJEKTPOHHOE YCTPOWCTBO, (PUKCHpYIOLIee HANpsDKEHHE, CICIHUT 3a
MEMOpaHHBIM MOTEHINATIOM VU PeryliupyeT BeIHYNHY ToKa | TakuM 06pa3oM, 4TOOBI MOAACPKUBATH / Ha IIOCTOSHHOM ypOBHE:
nmo60e HeOoIbIIOe OTKIOHEHHE OT 33JaHHOTO 3HAYEHHS V. aBTOMAaTHYECKU IPUBOAUT K N3MEHEHHUIO BEIUYUHBI TOKa, Olaroxaps
4yeMy MEMOpaHHBIH MOTEHLMANl HE OTKJIOHACTCS OT (DMKCHPOBAHHOrO 3HaueHust V= V. Jlng TOro 4yTtoObl BBIICHHUTH, Kak
H3MCHSCTCS MOBEACHHE MEMOpaHHBIX KAaHAJIOB C TEYCHHEM BPEMEHH, HY)KHO PE3KO NEPEKIIOYUTh MOTEHLMAT C OJHOTO
(DMKCHPOBAaHHOTO YPOBHS HA IPYroil M IPOCIENUTh 3a COOTBETCTBYIOIIMMH TOKaMH € IOMOIIBIO OCIHMILIOCKoma. M3mepsis
BE/IMYMHY TOKA TpH pasHeIX KoHueHTpauusx Na® u K B cpele, MOXKHO BBIYMCIIMTB, Kakasi 4acTh TPAHCMEMOPAHHOrO TOKa
[EPEHOCUTCS TEMHU U APYTMMH HOHAMH, U ONPENEIUTH BKIaj B 9ToT ToK N '-cesnexruBHbix u K'- cenextuBHbIX KaHanos. Meton
(uKcay HaNpsDKCHHS MOXET OBITh IPHCIIOCOONEH I aHaluu3a IOBEACHUS OTACIHBHBIX MOJEKYJN, 00pa3yOIlNX HOHHBIC
KaHAJIBI, KOTOPbIE HAXOIITCS B MAJICHBKHX YyYacTKaX MEMOpaHBI, 3aKpBIBAIOIIMX OTBEPCTHE MHKPOIJIEKTPOAA; B ITOM Clydae
METO/MKY Ha3bIBAIOT METOJOM «II3TY-KIAMIIa.

BbIif TOK GBICTPO TEPEKPHIBAET 110 BEIMYMHE BXO/ALIMI HATPUEBBIA TOK M MEMOPAHHBII MOTEHIMAN BO3BPAIIAETCA K YPOBHIO paBHOBecHOro K'-motenuuana
emle 10 MoJHOW uHakTMBauuMu Na ‘-kaHanoB. B pesysibTaTe penoisApu3aldd MOTEHLMAI-3aBUCHMbIC KAJIMEBble KaHAIbl BHOBb 3aKPbIBAIOTCS, a
MHAKTUBHPOBAHHBIE HATPHEBBIC KaHAJTBI IIEPEXOMAT B IIEPBOHAYAIBHOE 3aKPHITOE, HO CIIOCOOHOE K aKTHBAUH COCTOSHHE. TakuMm 0Opa3oM CIIOCOOHOCTH
TeHEePUPOBATh IIOTEHIMAIIBI I CTBHS MOXKET BOCCTAHOBHUTBCS B JAHHOM Y4acTKe MEMOpaHbI MEHEe YeM Ha OJIHY THICSYHYIO CEKYHIIbL.

IMocneayomuye SKCHEPUMEHTHI  [OKa3alH, 4YTO HE BO BCEX HEHPOHAX MPOJOIDKMTENBHOCTh IOTCHIMANA JACHCTBHS OLPEACIseTCs
norennuan3asucuMbiMi K'-kananamu. B 4acTHOCTH, B MUETMHU3UPOBAHHBIX AKCOHAX MIIEKOMUTAIOMIMX (pa3. 19.2.4) uMCIo TaKUX KAHAJOB OYEHD HEBEIUKO
U COCTOSIHHE IIOKOSI OCTHIAeTCs MPOCTO B Pe3ysibTaTe MHAKTHBALMKM HATPUEBBIX KaHanoB. Ho XOTS HamM4Me MOTCHLMATI-3aBUCHMBIX KAJIHEBBIX KAaHAJIOB
HECYLIECTBEHHO JUIA MIPOBEACHHS YK€ BO3HUKIIMX ITOTCHLMATIOB ACHCTBHSA, O3AHEE Mbl YBUAMM (pa3a. 19.4.3), 4To 3TH KaHAJbl UIPAIOT PELIAIOILYIO POJIb B
MEXaHHM3Me [EPBHYHOTO F'CHEPUPOBAHNUS UMITYJIbCOB IIPH PA3IPaKCHHH TEJIa HEPBHOM KICTKH.

19.2.3. [loTeHUHANBI JeliCTBUS 00eCIeYNBAIOT OBICTPYIO MEepeavy CUTHAJIOB Ha JajibHHUe paccTosinm [3, 4, 8, 11]

Braronapsi KabelbHBIM CBOMCTBAM aKCOHA JIOKAIBHBIA MPUTOK GOJBIIOr0 KOJMYECTBa HOHOB Na' BO BpeMsl MOTEHLMANa AEHCTBUS MPHBOIUT K
BO3HUKHOBEHHUIO MPOAOJIBHBIX TOKOB, JCIHOISPH3YIOIIMX CMEKHBIC Y4acTH MEMOpaHBI O MOPOTOBOIO YPOBHS, YTO B CBOIO OdYepeb BBI3BIBACT M 3/EChH
BO3HHKHOBEHHE ITOTCHIMANOB AedicTBHs (puc. 19-12). DToT mponecc pacnpocTpaHseTcss BIONb aKCOHA OT OJHOTO BO30YXKISHHOIO Y4acTKa K APYromy co
CKOPOCTBI0, KOTOPasi y TI03BOHOYHBIX MOXKET COCTABIATE OT 1 10 100 M/c B 3aBUCHMOCTH OT THIIA aKCOHA.

CKOpOCTh NPOBEICHUSI UMITYJIbCA 3aBHCUT OT KaOENbHBIX CBOICTB aKCOHA: YeM OOJIbIIEe €MKOCTh MEMOpaHbI, TeM OOJBLIMI 3apsa HyXEH IUIs
JIEOJIIPH3alluy €€ IO IOPOroBOrO YPOBHS, a 4eM OOJbIle BHYTPEHHEE CONPOTHBIICHHE NUTOILIA3MBI B aKCOHE, TeM MEHBIIHI TOK MOXET IPOXOAUTH depe3
Hee U TeM Oonblle BpeMeHH TpeOyercs IUIsi HaKoIUIEHHs HeoOxomumoro 3apsaa CONpPOTHBICHHE W €MKOCTh €IMHHIBI JUIMHBI aKCOHA ONPEIENSIOTCS
IUIOMIA/bI0 TTOIEPEYHOrO CEYCHUs AKCOHA, M MPOCTOC BBIYMCICHHE MOKA3bIBACT, YTO C YBEIHYCHHEM AHAMETPA (TOJILMHBI) aKCOHA CKOPOCThH IPOBEIACHHUS
HMITyJIbCOB BO3pacTaeT. Y KalbMapa M MHOTHX JPYTHX OECIIO3BOHOYHBIX UL OBICTPOH Iepeladd CHTHAIOB B XOJE€ JBOJIOIUM BBHIPAOOTAIHCh AKCOHBI.
orpomHoro auamerpa. OfHAaKO y NMO3BOHOYHBIX CTOJIb )K€ BBICOKAas CKOPOCTb IPOBEICHHS CUTHAJIOB JOCTHIAETCSA ropas3fo Oosee SKOHOMHBIM CIIOCOOOM -
MyTEM U30JIALUH TOBEPXHOCTH MHOTHX aKCOHOB MUENUHOBOU 0OON0UKOU,
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Puc. 19-12. Pacnpocrpanenue noteHuuana aeictust 4. IloTeHunansl, perucTpupyeMbie rpyInoil BHyTPHUKIETOYHBIX JICKTPOIOB, PACIIONIOKEHHBIX B0
akcona. 5. Kondopmanuonusle n3MeHeHHsI HATPHEBBIX KaHAIOB H TOKHU (II0Ka3aHbI KPACHBIM I0TOM), 00YCIIOBIMBAIOIINE PACIPOCTPAHCHHE CABUTA

MCM6paHHOI'0 TOTEHIMaja. YJacTOK aKCoHa ¢ I[eHOJISIpHSOBaHHOI)'I M€M6paHOI7I BBIICJICH [IBETOM.



Puc. 19-13. 4. Crpoenne MUEIMHU3UPOBAHHOIO aKkcoHa. [lnasmaruyeckas
MeMOpaHa KaKIOH IIBAHHOBCKOH KIETKH KOHLEHTPUYECKHMH CIOSIMH
HAMATBIBACTCS HA aKCOH, O00pasys CErMEHT MHEIMHOBOIl 000JI04YKH
JutMHON okono 1 MM. Jlyist Gobleid ICHOCTH Ha PHCYHKE CIIOM MHENMHA
MPUJIETAIOT APYT K APYTY HE TaK IUIOTHO, KaK B A€HCTBUTENBHOCTH (CM. /).
b. CxemaTuueckoe H300pakeHHe IIBAHHOBCKOM KIICTKH Ha paHHEH cTaxun
00pa3oBaHMsl MHEIMHOBOI OOOJIOUKM BOKPYT aKCOHa BO BpEMs €ro
pasButus. OOparuTe BHHMaHHE HA TO, YTO «HAMATHIBAHHE» MEMOpPaHBI
[IBAHHOBCKOHl KJIETKH HAa aKCOH OCYIIECTBISIETCS 3a CYeT pocTa
BHYTPEHHEro Kpas (IIOME4eHHOro crpenkoif). B. Cxemarndeckoe
n300pakeHe OIMIOACHAPOLNTA, 00Pa3yIOIIEro MUEIHHOBBIE 000JIOUKH B
LEHTPaJIbHON HepBHOII cucteme. OMMH ONUrOACHAPOLUT MHUCINHU3UPYET
HECKONBKO pasHeIX akcoHoB. /. Cpe3 HepBa M3 HOTH KpBICEHKA
(anexTponHast Mukpodortorpadus). BuaHbI [Be MIBAHHOBCKUE KICTKH:
O/IHA TOJIBKO HAYMHACT MUEITHHU3HPOBATH aKCOH, IPYTasi y)Ke MOIHOCTBIO
chopMupoBama  MOYTH  3peNyl0  MHEIMHOBYIO  obomouky. /[
OJNMrofeHAPOLUT U3 CHMHHOTO MO3ra KOTeHKa. OTXOISIIHE OT HEro
OTPOCTKU MHEIMHHU3UPYIOT [0 MeHbIIeH Mepe aBa akcoHa. [I' u [ - u3 C.
Raine, in: Myelin (P. Morell, ed.), New York, Plenum, 1976.]
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19.2.4. MueuHH3alHs NOBBINIAET CKOPOCTh U 3()eKTUBHOCTH NPOBEACHHSI HEPBHBIX HMITYJILCOB Y NO3BOHOYHBIX [8, 12]

MueanHoBYyI0 0060/1049Ky 00pa3sylOT CIICIHaIN3HPOBAHHBIC TITHABHBIC KICTKHU - WIBAHHOSCKIUE KilemKy B IEPHPEPUIECKON N 011200eHOpOyumsl B
LEHTpaJIbHON HepBHOU cucteme. I1na3zmaTnueckas MeMOpaHa 3THX KJICTOK CIIOH 3a CJIOEM II0 CIMpAIH INIOTHO HamaThiBaeTcs Ha akcoH (puc. 19-13). Kaxnas
[IBAaHHOBCKAsl KJICTKa MHEIMHH3UPYET OJMH aKCOH, 00pa3yst CerMeHT OOOJIOYKH UTHHON OKkomo 1 MM, comepikaimuii 10 300 KOHIIEHTPHYCCKHX CIIOCB;
OJIMTOJICH/IPOIUTEI (HOPMUPYIOT ITOJOOHBIE CETMEHTHI 000JIOUKU OJJHOBPEMEHHO Y HECKOJIBKHX aKCOHOB.

W3onupyromuii ciioii, o6pa3yeMslii MHEIMHOBOI 000JIOUKOH, PE3KO YMEHBIIAET EMKOCTh MEMOPaHbI aKCOHA M OJHOBPEMEHHO IOYTH MOJHOCTBIO
NPEJOTBPAIIACT YTEUKY TOKA Yyepe3 Hee. Mexay ABYyMsi COCEAHHMH CETMEHTaMU MUEIHHA OCTACTCs Y3KUH HE3alMIICHHBIH y4acToK MeMOpausl (puc. 19-14).
OTH Tak Ha3bIBaeMble nepexgamovl Panevbe MUPUHON BCero MHIIb 0koio 0,5 MKM SIBISIOTCS LIEHTPAMH JJIEKTPUYEcKol akTHBHOCTH. ITouTH Bce HaTpHeBble
KaHAJIBI AKCOHA COCPEJIOTOUEHBI B MEPeXBatax, T/ie MIOTHOCTh STHX KAHATIOB JIOCTUTAET HECKOJNBKHX THICTY HA | MKM’, TOI/a KK B y4acTKaX, NPHKPBITBIX
MHEJIMHOBON 000JI0YKOM, X MOYTH BOBce HeT. [103TOMy M301MpOBaHHbBIE YYaCTKM MEMOpaHbI HE CHOCOOHBI BO30YKAAThCsl, HO 00Jaal0T MPEBOCXOJHBIMU
KaOeNbHBIMU CBOMCTBAMHU - HU3KOH €MKOCTBIO M BBICOKHM COIPOTHBIEHHEM JUIS YTEUKH TOKa. [1o3TOMy TOKH, CBSI3aHHBIE C IOTEHIAIOM JCHCTBHS B
obnactn mepexBara, 3()(QEKTHBHO HANpABIAIOTCSA ITyTEM [ACCUBHOTO MPOBEICHMS K CIEIYIOIIEMY IIepexBary, OBICTPO JEHOIApH3yIOT MeMOpaHy H
BO30YXIAl0T OYEPEAHON MOTeHIMaN AeicTBus. Takoe MPOBEACHNIE HA3bIBAIOT CAILIMAMOPHBIM - CUTHAIl PACIIPOCTPAHSACTCS BJOJb aKCOHA, «IIEPECKAKUBAs» C
OJHOTO IlepexBaTa Ha Jpyrod. MuenwHHM3amus IaeT ABa IVIABHBIX INIPEHMYINECTBAa: OBICTpee pacHpoCTpaHseTcs IIOTCHIMANl JeHCTBHSA M cOeperaercs
MeTaboJIuecKast SHEPrys, TaK Kak aKTUBHOE B30y KIE€HHE POMCXO/IMT JIMIIIL HAa HEOONIBIINX y4acTKax B riepexpaTax PaHBbe.

MukpoTpy6ouku KoHuesble ""neTnu” muenuHa

&
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Puc. 19-14. [IporonbHEIi cpe3 akcoHa U3 Hepudepruieckoro Hepna [ (anekrpoHHas MukpogoTorpadus). Bunen nepexsar PanBbe, rie octaeTcsi OTKPHITEIM
HEOOJIBIION y4acTOK ITa3MaTHIECKOi MeMOpaHbl aKCOHA MEK/Ty ABYMs COCETHUMH CErMEHTaMH MUENHHOBOH 06oso4ku. (C mmobesHoro paspemrenns Richard
Bunge.)
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3akJ/ouenune

Ilepedaua s1ekmpudeckux CUSHANO8 HEPBHOU KIeMKOU OCHOBAHA HA USMEHEHUU MEeMOPAHHO2O0 NOMEHYUAd 6 pe3Vibmame NpOXOHCOeHUs.
HeOOMbUIUX KOTUYECME UOHO8 Uepe3 YNpasisieMvle UOHHbIe KAHATbl. Dmu UOHbl NepeMewalomest 3a cuem dHepeuu, 60IbWOol 3anac KOmopou co30aemcs
6rnazooaps pabome HAMPUEEO-KATUCE020 HACOCA, NOOOEPICUEAIOWe20 6blcoKUe 2paduenmul konyenmpayuu Na® u K' na membpane mepenoii knemxu. B
cocmosnuu nokos membpana netipona 6aazodaps xananam ymeuxu K~ 6Gonee nponuyaema Om xaaus, uem Ons Opyeux UOHOS, U NOIMOMY MEMOPAHHbIIL
nomenyuan OIU30K K PAGHOBECHOMY KAIUEGOMY NOMEHYuary, cocmaegisiouemy npumepro - 70 mB. Ilomenyuan Oeticmeusi o3nuxaem mozoda, ko20a noo
GNUSHUEM KOPOMKO20 OenoIsApU3yioueco CmuMynda OmKpbIGaiomcs: NOMEHYUAL-3a8UCUMbLE HAMPUESble KAHALbL, MAK 4Mo Memopana cmanogumcsi 6onee
nponuyaemoii 011 Na' a membpannviii nomenyuan ewje 0aibuie CMeWaemcs 6 CMopoHy pA6HOECHO20 HAmMpueco2o nomenyuaia. Brazodaps maxoii
NONOACUMENLHOU OOPAMHOU C6:3U OMKPLIBAEMCsL euje 60buie HAMPUESbIX KAHAI08, YMO 6 KOHEYHOM Umo2e Npueooum K 603HUKHOBEHUIO NOMEHYuand
deticmaust, NOOYUHAIOWE20Cs 3aKOHY «6Cé unu Huyeeoy. Ha kasxcoom O0anHom yuacmxe memMOpamnvl nomenHyuan O0elcmeus Ovicmpo ucuesaem 6ciedcmesue
UHAKMUBAYUU HAMPUEBHIX KAHALO08, d 80 MHO2UX HEUPOHAX MAKICE 6CIeOCMEUe OMKPLIMUSL NOMEHYUAN-3A8UCUMBIX KAUEBbIX KAHAIIO8.

Pacnpocmpanenue nomenyuana oeticmeusi (UMnyabca) 0016 HEPEHO2O G0JIOKHA ONPeOesemcs KabelbHbIMu C8OUcmeamu 3moco 8onokHa. Ilpu
JIOKANbHOU OenoNapu3ayuu Memopansl U GO3HUKHOGEHUU NOMEHYUANA Oelicmeusi MoK, NPOXOOsyull yepe3 OMKpbInbie HAmpuegbie KAHAIbl, NACCUGHO
PACRPOCMPAHAEMC U OENOJSAPU3VEN COCeOHUe YYACMKU MeMOpPaHsl, 20e 6 C80K ouepedb GO3HUKAem nomeHyuan oOetcmeus. Bo muoeux akcownax
NO360HOUHBIX GbICOKASL CKOPOCMb U IPPEeKMUSHOCmb NPoGeoeHuUsi UMNYIbeog docmuzaemcs 61a200aps U30NAYUU NOGEPXHOCMU AKCOHA MUETUHOBOU
000104KO1l, UsMeHsIoWell KabenbHble C60ICMEa AKCOHA U OCMABNAIOWell OMKPbIMbIMU TULb HeOOTbUUE YYACMKU 8030YOUMOU MEMODAHDL.

19.3. JIurana-3aBucUMble HOHHbIE KAHAJIBI M ObICTPasi cHHANTHYecKas nepegaya [13]

Cawmplii IpoCTOii crocod nepeaayn CUrHaia OT HelpoHa K HEHPOHY - 3TO MPSIMOE 3JIEKTPUUECKOE COPSHKEHHUE uepe3 IeIeBble KOHTAKTHI. [ 1aBHOE
NPEUMYLIECTBO TaKUX JEKTPHYECKHX CHHAICOB COCTOMT B TOM, YTO CHIHAJbI Iepenaiorcs 6e3 3anepxku. C Apyroil CTOpPOHBI, 9TH CHHAICHI TOPa3zio
MEHbIIE MPUCHOCOOIECHBI ISl PEryIUpOBaHUA M aJaNTalldH, YeM XMMHYeCKHe CHHAICBHI, C TIOMOIIBI0O KOTOPBIX OCYHIECTBIIIETCS OOJIBIIMHCTBO CBs3€i
MEXy HeiipoHaMu. DIEKTPUYECKas CBS3b Yepe3 IIEeNIeBble KOHTAKThI ObLIa paccMoTpeHa B ril. 14 (pasm. 14.1.5-14.1.8), 31ech e peyb MOWIET TOJIBKO O
XUMHUYECKHX CHHAIICaX.

XuMHJeckas Iepeiaya B CHHAICaX OCHOBAaHA HA TeX K€ MPHUHIIMIAX, YTO U XUMHUYECKas CUIHAIM3ALHs ¢ TIOMOIIBIO BOJOPACTBOPUMBIX TOPMOHOB
(rn. 12). U1 B ToM u B OpyroM ciydae KJIETKa BBICBOOOXKIAET BEIIECTBO-IIOCPETHUK, KOTOPOE BO3AEHCTIBYeT Ha JIPYryl0 KIETKy HIU TPYIIy KICTOK,
CBSI3BIBASICH ¢ MEMOpaHHBIME Oelkamu-perentopaMu. OfHAKO B OTIMYHE OT TOPMOHA XUMUYECKHH IIOCPETHUK B CHHAIICE - HelpOMeIHaTop - BO3IEIHCTBYeT
JIMIIb HA OY€Hb MAJIbIX PACCTOSHMSAX.

B pe3ynbrare 3MeKTpUYECKON CTUMYIISIMU NPECHHANITHYECKAs KJIETKa BHICBOOOXKIACT IIyTEM 3K301MTO3a Helipomeauarop (cM. puc. 19-4). Ilocne
TOr0 KaK HeWpOMeIUaTop IepecekaeT INellb MEXIy Ipe- U IOCTCHHANTHYECKOW KIeTKaMM IIMPHHOH OOBIYHO B JOTI0 MHKPOMETpPA, XMMUYCCKUH CHIHAI
JIOJDKEH OBITh CHOBA IIPE0Opa30BaH B AIEKTPUUECKUN. DTO npeodpa3oBaHKUe OCYLIECTBISIOT PELENTOPHI, HAXOAAIIMECS B IUIa3MaTHYECKOH MeMOpaHe



305

MOCTCHHANTHYCCKOH KIICTKH. BBIBAIOT PeLenTOPsI ABYX THIIOB - CEA30HHbIE C KAHANAMU W He césa3anHble ¢ Kanaramu (puc. 19-15). PeuenTopsl, CBsI3aHHEIC C
KaHaJIaMH, - 3TO (aKTUYECKH JueanO-3asuctmvle kanansl. KoHpoOpMAIMs TaKMX peLenTOpoB cpa3y e MOcie CBS3bIBAHHS HEHpoMeanaTopa M3MEHsAEeTCs
TakuM 00pa3oM, 4TO B MeMOpaHe oOpa3syercs OTKpPBITHII KaHal ISl ONpPEICICHHBIX MOHOB M B pE3yJbTaTe MPOHUIIAEMOCTh MEMOpPaHbl HU3MEHSETCS.
PenenTops! 3TOro THIA CIIy)aT OCHOBOI CaMOro OOBIYHOrO M HamboJee W3YYEHHOro crocoba Iepefadn CHUrHAajIOB B XMMHYECKHX CHHAICAX, MPH KOTOPOM
nepe/iaua OCYIIECTBIISAETCS OUYEHb OBICTPO.

Penienitopsl, He CBA3aHHBIC C KAaHAIAMM, 3aIIyCKAIOT TAaKME XK€ IPOLECCHI, YTO M MPH BO3JCHCTBHU BOJOPACTBOPHMBIX 'OPMOHOB M JIOKAJIbHBIX
XHMHUYECKUX MEIMAaTOPOB MOBCIONY B opranu3Me (pasn. 12.3). B Takux peunentopax y4acTKH CBS3bIBaHMsI HEHpoMenuatopa (yHKIHMOHAIBHO CONPSDKEHBI C
(hepMeHTOM, KOTOPBIH B NMPUCYTCTBHU HeifpoMenuaTopa OOBIYHO KaTaIM3UpyeT 00pa3oBaHHE BHYTPUKJICTOYHOrO MOCpeqHuKa, Hanpumep cAMP. B cBoro
odepesib 3TOT NMOCPEAHUK BBI3BIBACT M3MCHEHHMS B IIOCTCHHANTHYECKON KIIETKE, B TOM 4HCIC MOAM(BUKALMIO HOHHBIX KaHAIOB B KJIECTOYHOWH MeMOpaxe. B
OTIMYHE OT PELENTOPOB, CBA3AHHBIX C KaHAIAMH, 3TH PELECHTOPHI, KaK MPABHIIO, OMOCPEIYIOT OTHOCHTEIBHO 3aMEUICHHBIC, HO 60Jiee MPOAOIIKHTEIbHBIC
a¢dexTrl HelipomennaTopos. [loararor, YTo aKTHBALMS TAKUX PELIENITOPOB BHI3BIBACT B HEHPOHAX M3MEHEHHs, KOTOPbIE COXPAHAIOTCS JIMTEILHOE BpeMs U
JIeKaT B OCHOBE HayueHMs U mamstu (pasza. 19.5.3).

B stoMm paszerne Oyzmer paccMOTpeHa ObICTpas CHHANTHYECKas Hepe/ada, MCIONb3YHOIas JIUraHa-3aBICHMble HOHHbIC KaHanbl. Crennduyeckue
0COOEHHOCTH CHHANTHYECKOHU IIepe/lautl ¢ yIacTHEM PELeNITOPOB, HE CBS3aHHBIX C KaHAJIAMH, H POJIb TAKUX PELENTOPOB B JOJTOBPEMEHHBIX CHHAITHYECKHX
n3MeHeHusx OynyT oocysxaaTbes B pasa. 19.5.

19.3.1. HepBHO-MbIlII€YHOE COeIMHEHUE - HANOO0/1ee H3yYeHHbIii cuHarc [14]

ITnoTHOCTH pacronoXeHnsi HEHPOHOB B MO3TY HACTOJIBKO BBICOKA, YTO AKCIIEPUMEHTHUPOBATh HA OTJCIBHBIX MO3TOBBIX CHHAIICAX YPE3BBIYANHO
TpyaHo. IlosToMy (QyHKUMM CHHArca ObUIM JETaIbHO W3Y4YEHBI TJIaBHBIM 00pa3oM Ha COCJIMHEHHMAX MEXKIY HEPBOM M CKEJICTHOH MBIIINEH JIATYIIKA H, B
MEHbIIEH CTeNeHH, Ha CHHAMNCAX MEX/ly TMTaHTCKUMH HEHPOHaMH KajabMapa M APYTHX MOJLIIOCKOB.

CxeneTHbIE MBIIICYHBIC BOJIOKHA TTO3BOHOYHBIX, HOJOOHO HEPBHBIM KJIETKaM, CIIOCOOHBEI BO30YKIAaThCs MOJ AEHCTBUEM IEKTPUYECKOTO TOKA, N
[I03TOMY HEepPBHO-MbIIIeYHOe coeAuHeHHe (puc. 19-16) okazanock Xopoleld MOJAENbI0 XMMHYECKOTO CHHanca BooOmie. J[BUraTeibHbId HEpPB U
MHHEPBUPYEMYIO UM MBIIIILy MOXHO OTACNIMTH OT OKpY’Karolield TKaHH M MOJJEPKHBATh B (DYHKIMOHAILHO aKTUBHOM COCTOSHUM B NHUTATElbHOH cpee
onpezieneHHoro coctaBa. CTHMyIMpysl HEpB Yepe3 Hapy:KHBIE JEKTPOJIBI, MOKHO C TIOMOIIBIO BHYTPUKIETOYHOTO MHUKDPO3JIEKTPOA PETUCTPUPOBATH OTBET
OZIMHOYHOMN MbIlIeuHO# Kietkn (puc. 19-17). Ha puc. 19-18 cpaBHHBaeTCs TOHKAs CTPYKTYpa HEPBHO-MBIIICYHOTO COCANHEHHS U THIIMYHOTO CHHAICA MEXTY
JIByMsI HEHPOHAMH LICHTPaJIbHOW HEPBHOW CUCTEMBI.

HepsHo-MBIIIeyHOE COETMHEHNE OBIIO TNABHBIM OOBEKTOM Psifa MPOJOILKMTENBHBIX M TJIOXOTBOPHBIX HCCIEIOBaHMH, HayaThiX B 50-X romax
Hamero Beka. OCHOBOW I MEPBBIX SKCHEPHMEHTOB IIOCIYXKMJIO OTKphITHE B Hawaye 20-X roJoB TOro (akTa, 4TO ALETHIXONHH, BBIACISAEMBIA HpH
CTUMYJIALMH ONyKIAalONIEro HEepBa, BO3JCHCTBYET Ha cepile, 3aMeas €ro COKpalleHHs. DTO SABUIIOCh MEPBHIM HECOMHEHHBIM JI0Ka3aTeIbCTBOM
XMMHYECKOH TIPHPOJBI HEPBHO-MBINICYHOH IMepesadn, a BCKope mocie 3Toro, B 30-x rogax, ObIIO MOKa3aHO, YTO CTHMYJIANMS IBUTATEIBHOTO HEPBa,
WHHEPBUPYIOIIETO CKEJIETHYIO MBIIIILY, TOXKE IPUBOJMUT K BHICBOOOXK/ICHHIO allCTHIIXOJIMHA, a alleTHII-

PELENTOP, CBA3AHHbLIA C KAHANOM

Nurava caAlsigaeTcA
C PEUENTOpPOM

MoMHbin KaHan
OTHKPRIBAETCA

PEUENTOP, HE CBA3AHHBLIA C KAHANOM

Murang cePaviBaeTCA
€ peuenTopom

\ WoHHBIA KaHan
OTKpPbIBAETCH

BHYTpMKNETOYHBIA
nocpegHnK

Puc. 19-15. BozzaeiicTBue HelipoMennaTopa Ha IOCTCHHANTHYECKYIO KIETKY MOXKET OCYILECTBIISTBCS MPU MOCPEICTBE PELENTOPHBIX OSIIKOB ABYX
(yHIaMeHTaIbHO Pa3INYHbBIX THIIOB: PELENTOPOB, CBI3aHHBIX C KaHAJIaMH, M PELENITOPOB, HE CBS3aHHBIX ¢ KaHaTaMu. CBs3aHHBIC C KaHAJIAMH PELIEIITOPHI
HAa3bIBAIOT TAKXKE JIMI'AH/A-3aBUCUMbIMHU KaHAJIaMHU.
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Puc. 19-16. HepeHO-MbIIIeuHOE coeanHEHNE Y JIATYIIKH. 4. OKOHYaHHUE OTHOTO AKCOHA HA KJICTKE CKEJIETHOM MBILILBI IPH MAJIOM YBEIMYEHHU.
OnextpoHHast MEKpodoTorpadus, MoTydeHHas ¢ HOMOIIBIO CKAHUPYIOIIETO MIEKTPOHHOTO MUKpockona. b. CxeMaTHueckoe H300pakeHne yIacTKa,
MIOMEYEHHOTO Ha PUCYHKE A KPACHBIM MPSMOYTobHUKOM. [ToKa3aHbl OCHOBHBIE JI€TANIM, BUANMBIC B TPAHCMHUCCHOHHBIN JIEKTPOHHBIH MHUKPOCKOII. XapakTep
BCTBJICHUS HEOOJIBIIMX OKOHYAHUIT aKCOHA B 00/IACTH CHHAIICA BapbUPYET B 3aBUCHMOCTH OT BH/IA XKMBOTHOTO M THIIA MBILICYHOTO BOJIOKHA. M3-3a
cBoeoOpa3HOi (hOPMBI OKOHUAHHH aKCOHA y MIEKOIMHTAIONINX HEPBHO-MBIIICYHOE COSIMHCHHUE YaCTO HAa3bIBAIOT KOHYegol naacmunkoil. (4-J. Desaki, Y.
Uehara, J. Neurocytol, 10, 101-110, 1981, ¢ paspemennst Chapman & Hall.)

XOJIMH B CBOIO OYUE€PEAb 3aCTaBIISIET CKEJICTHYIO MBIIIIY COKpaIaThCs. Takum 06p330M, ANCTUIIXOJIMH OBLIT I/I[[eHTI/I(bI/II_II/IpoBaH Kak HeﬁpOMeHHaTOp B HEPBHO-
MBIIIEYHOM coeinHeHnu. Ho kak e TIPOUCXOAUT BBICBOGO)KI[SHI/IC AlUCTUIXOJIMHA U KaK OH BOSHeﬁCTByCT Ha MLII.IILIy?

19.3.2. 3a conpsizkeHHe NOTEHIUAJIOB AeiiCTBHSA ¢ BLICBOOOKICHHEM MeIUATOPa OTBETCTBEHHbI IOTCHIHAI-3aBHCHMbIE
KaJIbIlHeBbIe KaHAJIBI [15]

B pesynbraTe OTKPBHITHS W 3aKPBITHS HATPUCBBIX KAHAIOB HEPBHBIH HMITYJIBC PACHPOCTPAHSACTCS BJOJIb AKCOHA, MOKA HE IOCTUTHET MECTa
KOHTAKTa C MBIIICYHOH KIETKOH. 371eCh MOJ €ro BO3AEHCTBUEM OTKPBIBAIOTCS NOMEHYUAN-3a6UCUMble KAHAMb], HAXOAAIINECS B TIAa3MaTHIECKOH MeMOpaHe
OKOHYAHHs aKCOHA, M HOHbI Ca’ * BXOIAT B AKCOH, B PE3yIbTaTe Yero BhIIENAETCS; aueTuixomuH (puc. 19-19).

Kak mokasany TpH MPOCTHIX HAOGJIFOACHUS, ISl CHHANTHYECKON Hepeaadyn HeoOX0UM MPUTOK HOHOB KajbLUs B OKOHYaHHE aKCOHA. Bo-mepBbIx,
€CIM B MOMEHT HpHOBITHS HEPBHOTO HMITyJIbca BO BHEKIETOYHOH Cpefe BOKPYT OKOHYAaHHS aKCOHa 3TH HOHBI OTCYTCTBYIOT, TO MEJHATOp He
BBICBOOOJK/IACTCA M TIEPENaull CMIHANA HE NPOMCXOAMT. BO-BTOPBIX, €CJIM Yepe3 MMKDOMHMIETKY HMCKycCTBeHHO BBecTH Ca’* B HMTONIA3My HEpBHOTO
OKOHYaHUsI, BBIXOJ HEf[pOMeanaTopa MPOMCXOJUT TOTYAC Aake 0€3 MEKTPUUCCKON CTHUMYILILIMH aKCOHA (3TO TPYAHO OCYIIECTBHTH HA HEPBHO-MBIICYHOM
COCJMHEHHH U3-32 MaJbIX Pa3MEPOB OKOHYAHHMS aKCOHA, II09TOMY TaKOH SKCIIEPHMEHT OBLI IIPOBE/ICH HA CHHAIICE MKy THIAHTCKUMHU HEHPOHAMH KalbMapa)
B-TpeTbux, UCKyCCTBEHHAs ACMONSPU3ALMSA OKOHYAHHUS aKCOHA (TOXKE B CHHAIICE MEKIY I'MTAaHTCKUMH HEHpoHamu) 6e3 HEPBHOTO MMITYJIbCa U B YCIOBHSIX
6710Ka/Ibl HATPUEBBIX M KAIMEBBIX KAHAIOB CICHN(PUYCCKUMI TOKCHHAME
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Puc. 19-17. Cxema OCTaHOBKH OKCIEPUMEHTA U1 U3YUCHUS CHHANTUICCKON nepeaavyu B HEPBHO-MBIIIIEYHOM COCANHCHUH.
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Puc. 19-18. 4. DnexrponHas MUKpodoTorpadHs 4aCTH HEPBHO-MBIIICIHOTO COeAUHEHNUs. 5. DneKkTpoHHas MUKpohoTorpadus HeOONbIIOTO yIacTKa MO3ra
KPBICHL. 3/1€Ch XOPOIIO IOHBI JIBa CHHAIICA, IJIe MOXKHO Pa3iIM4UTh IIPe- U IOCTCHHANTHIECKIEe MEMOPAHbl, CHHAIITHIECKYIO Ieb MEXKy HUMHU U
CHHANTHYECKHUE ITy3bIPbKU B OKOHYAHUIX aKCOHOB, Kak | Ha ¢oto A. DTu aBa cuHarca, mokasaHHbie Ha GpoTo b, pasnuuarorcs BenuuuHO# U Hopmoii
CHHANTHYCCKUX Iy3bIPHKOB: B CHHAICE /muna I y3bIpbKU KPYIJIbIC, TOT/A KaK B CHHAIICE muna [] OHU YIIOLICHHBIC H, KaK II0JIAraroT, COACPXKaT APyron
Mequarop. OOpaTuTe BHIMaHHE Ha XapaKTepPHOE yTONIIEHUE KaK IIOCTCHHANITHIECKOH, TaK (B MEHBIIEH CTEIICHN) H IPECHHANTHIECKOH MeMOpaHbI; OHO
BHUJIHO Ha 000MX CHUMKaxX. B MO3roBBIX CHHAICaX MEX/y Mpe- U IOCTCHHANTHYECKUMI MeMOpaHaMy HeT 0a3aibHOi MeMOpPaHBI, XOTS U 31Ch MOXKHO
3aMETHTb HEKOTOPOE KOINYECTBO BHEKJICTOYHOT0 MaTepuana. OTcyTcTBHe 6a3albHON MEMOpPaHBI - 9TO TIaBHAS CTPYKTYPHAs 0COOCHHOCTH, OTIHYAIONIAs
CHHAIICHI [ICHTPAJIbHOM HEPBHON CUCTEMBI OT HEPBHO-MBIIICUHbIX coequnenuii. (C nmobesnoro paspemenus John Heuser (4) u i. Campbell, A. R. Lieberman

().)

2 BHYTPb OKOHYaHHUSA U BI)ICBOGO)KI[@HI/IC HeﬁpoMeI{HaTOpa. Ho ecmu JCTIOsIpu3anusl BbI3bIBACT TaKou CaOBUT MeM6paHHOI‘O

BbI3bIBaeT mepexony Ca
HOTEHIMAA, YTO JIEKTPOXMMHYECKas cuia, 3actapisiomas Ca’ * BXOIZMTH BHYTPb, YMEHBIIAETCA 10 HyIlA, TO BHICBOOOMICHHsS HelipoMeauaTopa He

TIPOMCXO/IUT.
Benok, obpasyrommii kanan s nepexoxa Ca’" B KIETKy, - MOTeHIHAI-3ABHCHMBI KAJIbIHEBbI KAHAJ - HIPACT HCKTIOUHTEIHHO BAKHYIO

pouib. OH obecrieynBaeT eANHCTBEHHbIN H3BECTHBIH CIIOCO0 MPeoOpa3oBaHus AIEKTPH-
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MOCToMHEN THMECKEA KNETKa

MoTeHuMan QedcTBMA OTKPLIBaET CuHanTM4eCKWe Ny 3 A
b 2T ~MHE WHECK KWe BIPhKW a - .
2 S ! Y3uip Meawarop ceR3siBaeTcA ¢ Tocne yaanenua MeamaTona ua wems
KaHane 4nA exona Ca a CAWBAOTCA C NPECHHMANTHUYEC KON BENKAMK NOCTCUHANTHYECKOR NOCTCUMHANTHUYECHK
= il PEAL, o ” noc YecKume
NpECHHANTHYECKOR OKOHYaHWE membBpaHon, BeiCBOBomAEA NPU 3Tom MemBpadbl, WIMENAR MX KoHdOp BOIBPALUAOTCA B MCXOIHOE
Meawatop M3 UWIO - xogHoe

COCTORHKHE

Puc. 19-19. Baxneiinme coObITHS, NPOUCXOASAIINE B XUMUYECKOM CHHAIICE 110CIIE IPUOBITUS UMITYJIbCAa B OKOHYAHUE aKCOHA.

YECKHX CHUTHAJIOB - KPaTKOBPEMEHHBIX [EHOJIIPH3alnil MeMOpaHbl - B XMMHYSCKUEe U3MEHEHHsl BHYTPH HellpoHa. Kak BUIHO U3 MOsCHEHUi Ha cxeme 19-1,
noteHuuan-3apucumble kananbl s Na *, K" umm C1™ ¢ 9Toil LeNblo HCTONIb30BaThCs HE MOTYT: B Pe3yJIbTaTe OIMHOYHOrO HEPBHOTO MMIIYJIbCA YEPE3 ITH
KaHaJIBI IIPOXOMSAT HACTOJIBKO Majlble HOHHBIE TOKH, YTO OHH JIMIIb HE3HAYHUTEIHHO H3MEHSIOT KOHIIEHTPAUIO HOHOB B nUT0301¢e. CaM 1o cebe MOTOK HOHOB
Yyepe3 KaJIbLEBbIe KaHAJbl TOXKE HEBENHUK, U OOBIYHO ero BKIAA B dJIEKTPHYECKUH TOK depe3 MeMOpaHy Mai. Ho 3TOT moTOK MMeeT BechbMa 3HaYHMTEIbHYIO
BEJIMYMHY OTHOCHMTEIBHO BHYTPHKJIETOYHOH KOHIEHTpAMM CBOGOIHOIO Kajblis, KOTOpas B HOPME MOJjepKHBaeTCs Ha ypohe okono 10 7 M, uro
cooterctByeT Menee 100 momam Ca®” B Mxm’. Braromaps MeM6paHHOMY MOTEHIMATY W CPABHHTETHHO BHICOKOH BHEKIETOYHOH KOHIIEHTPAITHH KajbIHs
(061410 ~1-2 MM) Yepe3 OJIMH OTKPHITHII KabIUEBbIH KaHAT MPOXOAUT HECKOJIBKO coTeH HoHoB Ca”’ 3a 1 Mc. Takum o6pa3oM, KOTjia B IPECHHANTHYECKOM
OKOHYAaHUM MOJl BIMSHHEM HEPBHOIO HMILyJIbCa OTKPBIBACTCA HEOONBLIOE YHCIO MHOTEHIHAN-3aBHCHMBIX KaJbLHEBBIX KaHAJIOB, BHYTPHUKJIETOYHAs
KOHIIEHTPAIHS CBOGOTHOTO KaNbIUs JTETKO MOKeT MoBsIcHThCA B 10-100 pas. IMoctymaromme cBoGommbie HOHB Ca’” MEHCTBYIOT Kak BHYTPHKJIETOUHBIE
TIOCPE/IHHKY ¥ BBI3BIBAIOT BBIIEJIEHHE HElPOMEIMaTOpa CO CKOPOCTHIO, PE3KO BO3PACTAIOMIEH 10 Mepe ToBbImenus Konnentpamy Ca®’.

KoHnIenTpamus cBOGOJHBIX MOHOB KajlblMs BO3PACTAET JIMIIb HA KOPOTKOe Bpems, Tak kak Ca’ *-cempBaromme Gemku, Ca’ = -m3omupyromme
Ty3BIPBKH ¥ MHTOXOH/IPHH GBICTPO MOTMIOMIAIOT HOHBI Ca’ * , Iepelle e B OKOHYAHHE aKCOHA, 3 HAXOJIAIIMECS B TLIA3MaTHYECKOH MEMOpaHE KallbIHEBbIC
HACOCHI, HCIOJIb3YIOIIHe SHePruio ruaponn3a ATP wiyu HaTpHeBOro »JIeKTPOXUMHIECKOr0 IPaJieHTa, OTKAYNBAIOT HOHBI KaJbLHs U3 KIETKU (CM. pasn. 6.4.7
u 12.3.7). bnarogapst 5ToMy OKOHYaHHE aKCOHA CIOCOOHO Iepenarh CIEAYIOMIUI CHIHANl Cpasy jKe, KaK TOJBbKO M0 aKCOHY CMOXKET NPHHTU CIEAYIOLIMN
HEpPBHBINA UMITYJIBC.

19.3.3. HeiipomeauaTop GbICTPO BHICBOOOK/IAETCS MyTeM 3K301HuTO3a [16]

OKOHYAHHE AaKCOHA B HEPBHO-MBILICYHOM COCIMHECHHH 3aIlOJHEHO THICSYaMH OAMHAKOBBIX (~40 HM B JHaMeTpe) CEKPETOPHBIX ITy3bIPHKOB,
HA3bIBAEMBIX CUHANMUYECKUMU NY3bIPbKAMY, KAKIBIH U3 KOTOPBIX COACPKUT aleTHIXOIUH (CM. puc. 19-18). Bxoasmuii B KIIETKY KalbLHil BEI3EIBACT BOJIHY
9K30IHTO34a, IIPH KOTOPOM ITy3bIPEKHU CIIUBAIOTCS C MIPECHHANTHIECKOH MeMOpaHOii, X COJEpPKHMOE BEIBOAUTCS B CHHANITHYECKYIO IIENb U BO3AEHCTBYeT Ha
MOCTCHHANTHYECKYIO KJIETKY. DK30LHTO3 IIPOUCXOHT JIMIIb B ONpPEIEIEHHBIX YUacTKaX, Ha3bIBAEMBIX AKMUGHLIMU 30HAMU, KOTOPBIE PACIIOI0KEHBI MPSIMO
Ha-
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[POTHB PELENTOPOB MOCTCHHANTHYCCKON KICTKH; Onaromaps 3TOMy 3aJiepXKKa B Iepefade CHrHama, cBsisaHHas ¢ auddysueil Heiipomennatopa uepes
CHHAIITUYECKYIO IIeNb, CTAHOBUTCS HPEHEOpeknMo Mayoil. BrocnenctBuu MeMOpaHbl «pa3psAMBLINXCS» CHHANTHYECKHX Iy3BIPHKOB H3BIICKAIOTCS M3
MIPECUHANTHYECKON M1a3MaTHYECKOH MEMOPaHBbI IyTEM HO0LMTO3A.

UMeIoTCs 1aHHBIE O TOM, YTO BXOJAIIME B OKOHYaHHE aKCOHa MOoHbI Ca’ * He TONBKO 3amyCKAlOT JK30LMTO3, HO M aKTmBHpyloT Ca’ © -
KaJIbMOyIMH-3aBHCHMYIO IpoTenHkuHasy (Ca-xunasy 1l - oM. paszn. 12.4.3), dochopuiupyroinyio B OKOHYaHHH aKCOHAa MHOTHE OCJKH, B TOM YHCIE
cuHancun /-0enoK, TPHKPEIUIEHHBIH K IOBEPXHOCTH CHHANTUYECKUX ITy3bIpbkoB. Kak moijaraior, B pesyibrate (ocHOopUIMpoBaHUS CUHANCUH |
0CcBOOOXKIACTCs, OIarofaps 4eMy Iy3bIPHKU NEPEXOAIT B aKTUBHYIO 30HY NMPECHHANTHYCCKOH MEMOpPaHBI, I/Ie 3aHUMAIOT MECTO My3bIPHKOB, HCYC3HYBILIHX B
pe3yJbTaTe 9K301UT03a. Bech UK COOBITHIL, 3aIyCKaeMblil OXMHOYHBIM HEPBHBIM UMITYJILCOM, OBLT HAIJISAHO MPOAEMOHCTPUPOBAH ITyTEM OYEHb OBICTPOrO
3aMOPaXMBAHUS 00JIaCTU CHHAIICA M UCCIIEI0BAHUS IIPENAPaToOB B 3JEKTPOHHOM MHUKpOcKorie. HekoTopble pe3yibraThl IpecTaBieHsl Ha puc. 19-20.

19.3.4. HelipomeauaTop BbICBO0OKAAETCH «KBAHTAMM» CJy4aiiHbIM 00pa3oMm [17]

Tox meficTBHEM OJHOTO HEPBHOT'O MMITYJIbCA U3 OKOHYAHUS aKCOHA B HEPBHO-MBIIIEYHOM COSTHHEHHU OOBIYHO BBICBOOOKIAETCS JIMIIL HECKOIBKO
COTEH W3 MHOTHUX THICSY HAXOMSIIMXCS TaM CHHAIITHYECKUX ITy3bIPbKOB. Ka)kaplil my3bIpek, BEIOPACchIBask CBOE CONEPIKUMOE B CHHAITHYECKYIO LIENb, BHOCUT
CBOIi BKJIaJ] B U3MEHEHUE MEMOPAHHOTO MOTEHIINAa IIOCTCHHANITHIECKON MBIIIEUHON KJIETKH, M 3TO MOXHO PETHCTPUPOBATh B OMOMLIBIO BHYTPUKIETOYHOIO
anexrpoaa (puc. 19-21). Takum o6pazom MeMOpaHa MBIIIEYHOH KISTKH JEHOJISIPH3YeTCsl 10 IIOPOTrOBOM BEIMUYHHEI H FeHepUpyeT MOTEeHIHAaNI AeficTBusL. DT
BO30Y>KIICHHE PacIpocTpaHseTcs o Beel kieTke (puc. 19-22), BbI3bIBasi ee COKpalleHue, Kak 9To onucaHo B pasn. 11.1.11.

Jaxe Torza, Korja B OKOHYaHME aKCOHAa HE IIOCTYNAalOT HMITYJbChl, BOJNHM3M CHHAIca HaOMIONAIOTCA CilydaifHble KPaTKOBPEMEHHbIE CIBHIU
MOTEHI[HalIa MBIIICYHOH MeMOpaHbl B CTOPOHY JEHOJIIPH3ALUH. JTU TaK Ha3bIBacMble MHHHATIOPHBbIE CHHANTHYECKHE MOTEHIHAIBI HMCIOT IIPUMEPHO
OJMHAKOBYIO aMIUIMTYAy BCEro JIMIIb OKoJo | MB, YTO HaMHOro H¥Ke MOPOrOBOrO ypoBHS. BO3HHMKAIOT Takue MOTEHLIHMAbl CIy4allHBIM 00pa3oM C
JIOCTATOYHO HU3KOW BEPOATHOCTBIO, B CPETHEM HMPUOIU3UTENBHO pa3 B ceKyHAy (puc. 19-23). Kaxxaplii MUHHATIOPHBIN HOTEHIMAI - 3TO PE3YJIbTaT CIUSHUSA
OJHOTO CHHANTHYECKOTO IIy3bIpbKAa C IPECHHANTHYECKOM MeMOpaHOH, T. €. pe3ynbTaT BBIOpOCa CONEPKHMOTO OJHOTO IIy3bIpbKa. AMILINTYAA,
perucrpupyemas A JAQHHOH MBIMIEYHOH KJIETKH, OoJiee MM MEHee IMOCTOSHHA, TaK KaK Iy3BIPbKH COJIEPIKAT NMPUMEPHO OJHHAKOBOE YHCIO MOJICKYI
aleTuIXonuHa - okosno 5000. OTo MUHUMAaIbHAs MOPIMSA, WIH «KBAHT», BBLIEIAEMOro Meauaropa. CHUrHazaM OOJbIIeH CHIBI COOTBETCTBYIOT BEIUYHHBI,
KpaTHBIE 3TOI OCHOBHOH enuHune. MOHBI Kanblys, BXOAAIINE B OKOHYAHUE aKCOHA BO BpeMs MOTEHIMANa JEHCTBHS, MOBBINIAIOT 33 TOIH MUJUIUCEKYHIBI
4acTOTY ONOPOXKHEHUS My3bIpbKoB Goiiee ueM B 10000 pa3 1mo cpaBHEHHIO ¢ YaCTOTOW CIIOHTAHHOTO OIIOPOXKHEHHUSI B IOKOsIIIEMcsl OKOHYaHuH. TeM He MeHee
HPOLIECC OCTACTCS BEPOATHOCTHBIM, CAMHUYHAS CTHMYJILUS HEpBAa HE BCErJa MPOM3BOANT B TOYHOCTH OJMHAKOBBINA NMOCTCHHANTHYCCKHH 3(PdEKT: ecnu B
cpenHeM BbIcBOOOXkAaeTcs 300 KBAHTOB MEANATOPA, TO B KaJKAOM OTACIBHOM CIydae YHCIIO HX MOXKET ObITh HECKOJIBKO OOIBIINM HIM MCHBIIHM.
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MeiwesHoe MoeTeHHaNTHYeCK e CKNBAKA MemBparn
BONOKHO MBILLIEYHOTO BONOKHA

Puc. 19-20. Llukn coObITHH, MPOUCXOIININX HA MeMOpaHe aKCOHHOTO OKOHYaHHsS B
HEPBHO-MBILICYHOM CHHAICE IMOCJIE CTUMYISALHUU. [t TOro 4roObl HPOCICAUTH 32
LEeNbl0 COOBITUI, 00pa3smbl TKAaHW IIOJBEPTall OBICTPOMY 3aMOPaKHBAaHUIO depe3
pasHble  NPOMEKYTKH  BpeMeHH. Jlnd  ynpolleHMs — 3ajaddm  CTUMYJIALHA
OCYIIECTBISIACh B YCIOBMSX, CICLHAIbHO M3MEHCHHBIX TaKMM 00pa3oM, 4YTOOBI
IPOTEKAaHHE BCEro Mpolecca 3aMemisiock B 5 10 pa3, a 4MCIO Iy3BIPHKOB,
MOJ(BEPTaloIIMXCs  3K301HUTO3Y, Bo3pacrano. A. Cxemarnueckoe H300paxKeHHe
HEPBHO-MBILICYHOTO COCJMHEHHsS; IOKAa3aHbl AaKTHBHBIC 30HBI, T/C IPOUCXOAUT
BBIIENICHHE Helipomenuaropa. b. O6macts, oOBeleHHas paMKoil Ha pucyHke A, B
YBEIMYEHHOM BHJE; CXCMATHYECKH MOKAa3aHbl COOBITHS, IPOUCXOASANIAE B 3TOMH
00J1acTH Yepe3 pasHble IPOMEKYTKH BPEMEHH 110CIIe CTUMYJISILIE HEpBa.

B- 3. Mem0paHa, KaK OHa BBITJIIHUT 110 3JIEKTPOHHBIM MUKpOCKOIoM ((oTo Jirobe3Ho
npenoctasun John Heuser). CieBa mpeactaBieHbl JJIEKTPOHHBIE MUKpOGoTOorpadun
[IpenapaToB MPECHHANTHICCKOH MEMOPaHbI (CO CTOPOHBI LIUTOILIA3MBI), ITOTy4EHHBIX
METOJIOM 3aMOPAKHBAHMS CKAJIBIBAHUS; CIIpaBa MUKPO(oTOrpaduu TOHKHX CPe30B. B
u E-cocrosnue mokos. I' u JK- cioMsHME CHHANTHYECKMX IIy3bIPBKOB C
IUIa3MaTHYECKOi MeMOpaHOil B aKTHBHOH 30HEe (OTMEUYEHBl psIaMd YacTHI,
BKJIFOYEHHBIX B MeMOpaHy). /{ 1 3-Bo3BpallieHre MeMOPaH CHHAIITHYECKHX ITy3bIPhKOB
yepe3 OKalMIJIEHHbIE SIMKM M OKaiiMJIeHHbIE Iy3bIpbKH. Kak MOXHO BHJETb,
CHHANTHYCCKUEe My3bIPbKM HAYMHAIOT CIMBATHCA C IUIA3MAaTHYECKOH MeMOpaHOi
gepes 5 Mc nocne crumyisanun (1, XK); kaxnas «mopa» B I1a3MaTH4eckoil meMOpane,
BuauMas Ha otorpadun I, - pe3yabTaT CIUSHUSA OJHOTO CHHAITHYECKOTO Iy3bIPbKa.
Eme dwepes 2 Mc camsiHHE 3aBepiuaetcs. IlepBble NPHU3HAKM BOCCTAHOBICHHS
MeMOpaHbl CTAHOBSITCA 3aMeTHbI mIpuMepHo uepe3 10 c, korma obpasyrorcs
OKalMIICHHBIE SIMKH (CM. pa3z. 6.5.4), a 3atem euie yepe3 10 ¢ 3TH AMKH HAUYHMHAIOT
OTIIHYPOBLIBATECS ¢ 00pa30BaHUEM OKaHMIIEHHBIX ITy3BIPHKOB (/, 3). DTH My3bIpbKU
BKJIFOYAIOT IEPBOHAYAIbHBIC MEMOpaHHbIE OCJIKM CHHANTHYECKHX ITy3BIPHKOB, a
TaKKe MOJEKYJbl, 3aXBauCHHbIC M3 BHEIIHEH cpeabl. Llukn 3akaHuMBaeTCs
OT/CJICHHEM OT ITy3bIPHKOB OKaWMIIIOIIET0 MX MaTepHaia, 3allojHEHHEM HX
AIeTWIXOJIMHOM M 00pa3oBaHHEM OOBIYHBIX CHHANTHYECKHX Iy3BIPHKOB C IJIaJKON
MOBEPXHOCTBIO. JTa CXeMa, BEPOSTHO, MO3BOJIACT OOBSICHUTH yIMBUTEIBHYIO
OJIHOPOHOCTh CHHANTHYCCKHUX ITy3BIPHKOB II0 BEIMYMHE, UX OOBEM ONPEACISICTCS
pa3sMepamu OKaiMJIsIBLICH X 000JIOUKH U3 KiaTpuHa (cM. pasa. 6.5.5).

WuterpansHeii
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Puc. 19-20 (npodonscenue). JlanpHeiiime 1aHHBIE 00 3TOM MIPOLIECCE PETeHEPALME MOTYT OBITh MOJIY4EHBI IPU CTUMYJIALMKA HEPBa B PUCYTCTBUU TAaKHX
9JIEKTPOHOILIOTHBIX MapKepOB, KaKk (eppHTHH. DTH MapKephl OLICTPO MOSBISIOTCS BHYTPU OKANMIICHHBIX ITy3BIPHKOB, @ 3aTEM H B CHHAITHYECKHX
my3blpbKkax. ClieyeT OTMETUTh, OJJHAKO, YTO SKCIIEPTHI OTHOCATCS K MOJOOHBIM OIBITAM CKEITHYCCKH, CUMTAsi HEKOTOPBIC U3 HAOIIONACMBbIX SBICHUH
apredakTom.

19.3.5. JIurana-3aBucuMBble KAHAJIBI CHOBA MPe0dpa3yl0T XMMHYECKHI CHTHAJT B dJIeKTpuyecknii [18]

B cunarnce mMemOpaHa MBINICYHOH KICTKH ACHCTBYET Kak npeobpazoéamens - MPEBpALlacT XHMHYECKHIl CHTHAT B (opme Helipomeanaropa B
CHTHAIl JEKTPUUYECKUil. DTO Mpeobpa3oBaHUE OCYLICCTBISETCS C HOMOIIBIO JHIAHI-3aBHCHMBIX HOHHBIX KAaHAJIOB (T. €. PEleNTOPOB, CBSA3AHHBIX C
KaHaJdaMHu) - OeIKOB, HAaXOAAIIMXCA B IIOCTCHHAaNTHYecKol MeMmOpane. IlpucoenuHenne HelipoMenaumaTopa K 3THM O€NKaM BBI3BIBACT M3MCHEHHE HX
KOH(pOPMALIHH, U KaHa-
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HepeHbid MMMYNLC NPUXOAWT K CAHancy

AueTUNXONUH-33BMCHMBIE KAHANL

OTKPLIBAOTCA

Kanad B mbiwevHom BONOKHe BO3HUKaeT
noTeHuMan AencrBuA

I + Mbiwuya coxkpattaetca

HopmansHanA peakyuA

CrumynAuma

Teopernyeckuia MCMN |

MemBpaHHbiA NoTeHWWan
MbILWWEYHOTO BONOKHAE, mB
]

MNCN, cHumeHHBIR C
Nopor so3ByxaeHuA NOMOLLLIO KY pape

MbILUEYHOTD BONOKHAE

Bpema, mc
Puc. 19-21. TlocTcuHanTUYECKHiA OTBET HA OIMHOYHBIH HEPBHBIN UMITYJIbC B HEPBHO-MBILICYHOM COCAMHEHUH: KPUBasi U3MEHEHUH NIOTEHIIMAIA B MBIIICYHOM
KJIETKE JIATYLIKH, IOJIy4eHHas1, Kak M Ha puc. 19-17, ¢ ToMoIIbio BHYTPUKIETOYHOTO 3JIEKTPO/A, PACIIONOXEHHOr0 BOJIM3H cuHarca. B Hopme
nocreuHantuaeckuit noreruuman (I1CII) - nenonspuzanus, BO3HUKAIOLIAs IPH NPSMOM BO3JCHCTBUH HelipoMeanaTopa Ha MeMOpaHy MbIIIEYHON KIIETKH, -
JIOCTaTOYHO BEJIHK ISl BO3OYKICHUS MOTECHIMANA IEHCTBUS, KOTOPBI MOXKET nomMentath skcrnepuMeHTy. «Huctsiit» [ICII, He 0CI0KHEHHBIN HEPBHBIM
HMITYJILCOM, MOXKHO IIOJTy4YHTh IIPH BBEACHUH CPEIHHUX KOHICHTPAIHUII Kypape BO BHEKIETOU