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Mpeancnosue

B 2008 ropy mcnonuunock 150 et co AHA BBIXOAA B CBET MOHOTpaduu Besu-
KOr'0 HeMeIlKoro ucciegoBatens Pynonbda Bupxosa «LlemmonapHas matomorus»'
(puc. 1). OTa KHUTa UMeTIa Ba)KHellIlIee HAyYHOe 3HaYeHNe He TOIbKO JJIsI MeIMI[MHBI,
HO 1 jy11 o6mmelt 6uonorun. B Heit BupxoB BeiBUTa 1 OTCTaMBas fBa OCHOBHBIX I10-
JIO>KEHMS: BO-IIEPBBIX, OH CYUTAJI, YTO BCAKOe 6O/Ne3HEeHHOe M3MeHEeHUe OpraHn3Ma
00513aTeNIbHO CBA3AHO C KaKMM-I160
MaTOMIOTMYECKMM IPOLIECCOM MMEHHO
B K/IE€TKaX, COCTaBJIAKINNX OPraHMU3M,
U TeM CaMbIM Pe3KO IOoJ4epKMBas 3Ha-
YyeHMe KIeTKM KaK 3/IeMeHTapHOI efu-
HUIIBL U OCHOBBI €ro IaTOTOTMYeCKUX
U3MEHEHMUII, T.e. HOPMajbHas >XU3Hb
OpraHusMa J ero IaTO/J0TNYecKoe Co-
CTOsIHME JIeXKaT B OCHOBE >KU3Hefes-
TeTbHOCTU KieToK. IloaTomy co Bpe-
MeH BupxoBa usydeHne KJIeTK) CTaHO-
BUTCA B LleHTpe BHUMaHUA ¥ O6uoora,
u ¢usmoora, u MaTosora, 1 Bpaya. Bo-
BTOpHIX, P. BUpXoB aKTMBHO mpomnaraH-
AMPOBAJI KJIETOYHYIO TEOPUIO, CPOPMY-
nupoBaHHywo elje B 1838 1. T. IlIBaHHOM.
K Heit BupxoB go6aBuI IpMHININATb-
HBIII T€3UC O TOM, YTO BOSHUKHOBEHNE
HOBBIX KJIETOK IIPOMCXO/IUT TOJIbKO IIy-
TeM uX 00pasoBaHNUA U3 IIPeALIeCT-
Byomux. Ero adpopusm «xmerka TOIbKO - -
OT KIeTKWU», unmu «omnis cellula e cel- Puc. 1. Pyaonbd Bupxos (1821-1902)
lula» cTan o61e0MOMOrNYEeCKUM 3aKO-

HOM. Bupxos nucan: «TaMm, rje Bo3HMKaeT KIeTKa, JO/DKHA Obl/Ia IpeAlIeCTBOBATh
KJIeTKa, IO0OHO TOMY, KaK >KMBOTHOE IIPOMCXOANUT TOTBKO OT )XMBOTHOTO, pacTe-
HJe — TOJIBKO OT PacTeHMs.»>

W3 ocnoBHbIX npencrapnenuii P. Bupxosa cTano onpefeneHHO SICHO, YTO «KJI€TKa
HeVICTBUTE/ILHO eCTb IOCTIefHNIT MOP(OIOrNYecKmil 971eMeHT BCeX >KMBBIX TeJl, M YTO
MBI He IMeeM IIpaBa MCKATh HACTOAIIeN XI3HeNeATeTbHOCTY BHe ee»?. Kietka — exu-
HUILA KM3HENEATe/IbHOCTH, eIMHMLA Pa3BUTUA MHOTOK/IETOYHBIX OPraHM3MOB, €y-
HUIa (QYHKIMOHMPOBAHMSA B CaMbIX pPas3IMYHBIX OpraHax, eMHUIIA ITaTONOTMYe-
CKMX M3MeHeHUIT. be3 sHaHMs 6asMCHBIX OCHOB CTPOeHMs 1 (PYyHKIVIOHMPOBAHMUSA OT-
Ie/IbHBIX KJIETOYHBIX KOMIIOHEHTOB U K/IETK! B 11€/IOM HEBO3MOXKHO IIOHATb OCHOBDBI

! R. Virchow, 1858, Die Cellularpathologie, Berlin.

2 IInrt. mo P. Bupxos: «[TaTonorus, ocCHOBaHHas Ha Teopun Adeek (LeJ/UII0/IAPHAsA MaTO/OINA) B K-
MEHEHUN K MUKPOCKOIIMYECKON aHaTOMUM HOPMA/IbHbIX ¥ HEHOPMa/IbHbIX TKaHel». — Mocksa, 1859 1.
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[ATO/IOTMYECKUX M3MEHEHNUII K/IeTOK, KOTOpble MPUBOAAT KO MHOTUM 0O/Ie3HEHHBIM
HPOSIB/IEHVSIM MHOTOK/IETOYHOTO MaKPOOPTaHU3Ma.

Yurarenb-CTyeHT, O3HAKOMUBIINCH C 9TUM IPEAUCIOBUEM, He TO/DKEH JyMaThb,
9TO 9TOT Y4eOHVK M3/IaraeT JaHHbIe 000 BCeX ITATONMOTMYECKNX M3MEHEHMAX K/IETOK 1
TKaHeil. DTy 3a/jady peluaet gpyras oOLIMpHas JUCHUIUINHA — [1aTOJIOTMYecKas aHa-
tomus. OfHAaKO B JaHHOM y4eOHMKe XOTeNIOoCh 0TOOpasuTh Hambosee obuiye CTPyK-
TYpHbIe IIPU3HAKY [IATOIOTUM KJIETOK, BO3HMKAIOIYE [PV MX ITOBPEXEHNUM, CTape-
HUY U Tubenn.

3apmaveit maHHoro wusganus «LluTonorus», ajpecoOBaHHOTrO TIJIABHBIM 0OOpasoM
K CTyJeHTaM-MefjuKaM U OuooraM, aBTOp CTaBUT Iepef co6oil Lienb — AaTh 001ue,
IJIaBHBIE NIPEICTAB/ICHVSI O TOM, KaK YCTPOEHbI KJIETKY, [IOKa3blBaeT OOIIHOCTD KX
CTPYKTYPHOI OpraHM3aIiyL, OTPAaHIINMBAsICh OIIMCAHVEM CTPOEHNsT, 0COOEHHOCTEl Op-
FaHM3ALY Y OBeeHNs, [TaBHBIM 00pPa3oM, KJIeTOK II03BOHOYHBIX XMBOTHBIX (B TOM
qyCre ¥ 4eJIoBeKa). ABTOP HaMePEeHHO OINYCTWUI pasfes, MOCBSIIeHHbI [[YITOMOTUM
pacTeHuii, OHAKO CYesl HeOOXOMIMbIM IIPUBECTY CBefleHNsI 00 OCHOBHBIX MOpdosornu-
4ecKuX U (PYHKIMOHATBHBIX 0COOEHHOCTSIX HEKOTOPBIX MUKPOOPTAHM3MOB, ITTABHBIX
OM0/IOTMYeCKUX BPAaroB Ye/IoBeKa U XMBOTHBIX.



Yactb |
BBEAEHWE:
NMPEAMET LUMTOJIOTUU

Iumonozus (ot rpeu. kytos — sidelika, KIIeTKa) — HAyKa 0 Kiemke, npeomernom ee
UCCIe008AHUS ABTIACMCA IIEMEHMAPHAS HUBAT MUKPOCKONUHECKAS CUCTeMA, KOMopast
MOXMem Cyuectmeosams omoenvHo (6akmepuu, npomucmol) u 6 8Ude CLOICHLIX AHCAMO-
neti (MHO20K7IeMO4HbIX OP2AHUSMOB), MAKUX, KAK HUBOMHble U PACIIEHUS.

Llutonornsa — HayKa O K/IeTKe, B COBpeMEeHHOM 3BYYaHNUN — Ouo0n02uu Knemku —
HayKa JOBOJIbHO MOJIOAad. VI3 cpeibl APYrux OMONOrMYecKMX HayK OHa BBIIENIACDH
noury 100 et Hasay. Briepble 06061IeHHbIE CBeeHNA O CTPOEHMM KIeTOK ObIIM Co-
6panbl B kanre K-b. Kapnya «buonornsa kinerku», Bpimenimeii B 1884 r.

3a mocnepHue 50 €T LNUTONOIMA M3 OMMCATENbHO-MOP(OTIOINIeCcKoil MpeBpaTh-
J1ach B 9KCIIEPYMEHTA/IbHYIO HayKYy, CTaBAIYIO Ilepefl co00it 3ajaun udydeHns pusmo-
JIOTMM KJIETKY, €€ OCHOBHBIX >KM3HEHHBIX (QYHKIVIL U CBOVICTB, ee 6uonorun. [Ipyrnmu
CTIOBaMI, COBPEMEHHas IIUTONOTUA — 3TO PU3MONOrNA KIeTKN. BO3MOKHOCTD TaKOTO
HepeK/II0YeHNs MHTEPEeCOB MCC/IejoBaTeell BO3HMKIIA B CBA3M C Te€M, YTO LIMTOIOTS
TECHO COIIPSDKEHA C HAyYHBIMY U METORMYECKUMM JOCTVDKeHMAMYU 61oxumun, 6uodu-
3UIKM, MOJIEKY/IAPHOI OMOIOT MM VI TeHETUKIL.

LluTonmornsa Kak HayKa BO3HMK/A IPY M3YIEHNM MUKPOAHATOMMM PACTEHMI U
KVBOTHBIX, €€ OCHOBHBIM METOJJOM Obl/Ta CBeTOBasA MUKpOCKOIMA. B Havase cBoero
Pa3BUTHSA, BIUIOTD [10 NEPBBIX AECATUIETUII IPOLUIIOTO BeKa, IUTOIOINSA SABJIANACD,
I7IaBHBIM 06pa3oM, OMMcaTeNbHO-MOPHOIOrNIecKOi AVCIUIINHON, TECHO CBA3aH-
HOJI C TYICTOJIOTHEI, KOTOpasi, B CBOIO O4epefib, Ob1a 6a3nucoM A pasBuTHs pusno-
noruu. Ho yxe ¢ 30-x rogoB XX Beka B CBA3Y C yclleXaMy TeHeTUKY, PU3UKA U XM-
MUY LIMTOJIOTHA CTaja UCIIONb30BaTh HOBbIe 3G (deKTUBHbIE METO/bI NCCIeJOBAHNIA,
KaK XuMudeckue (I[UTO- ¥ TUCTOXVMMMS, pafuoaBTorpadus), Tak u pusndeckue (JIro-
MUHEeCIIeHTHas, UHTep(PepeHIIOHHas CBeTOBAas MUKPOCKOMINA), YTO A0 HAa4Yaso
PasBUTHIO INTO-(PU3NMOIOrNYeCKUX nccaefoBannii. HakoHell, BBefleHNe B IPAKTUKY
IIUTONOTNYECKNX VCCIeOBAHMII 97IeKTPOHHOI MUKpockonuu (50-e rogsr XX Beka)
OTKPBIZIO HOBYIO CTPAHUITY He TONbKO B M3yYEeHUN K/IE€TOK M TKaHeil, HO 1 mpeobpa-
30BaJI0 BCIO 61M0/IOrMIO B IienoM. LluTosorus nepenuia ¢ ypoBHA MOP(OIOTNIeCKUX
OIJICAHMII Ha HOBBI KaueCTBEHHDINl YPOBEHD, IIO3BOIAILINI U3y4aTh KI€TOYHbIE
CTPYKTYpbI Ha MOJIEKY/IIPHOM YPOBHE B TeCHOJ CBA3MU C METOIaMy OMOXMMMM U MO-
JIEKY/ISIPHOIL OMOTOTUM.

9TO MOCITY>KIIO OCHOBOII ISl YITyO/IEHHOTO M3y4YeHMs KIEeTKM KaK TaKOBOI, LA
U3y4eHNs ee OOIMX CBOVICTB U PYHKIIVOHMPOBAHUA Y>Ke C MTO3UIINIL 9TUX HAYK, YTO U
Jla/10 OCHOBaHNe I TTOAB/IEHVA HeKOJ CMHTETMYeCKON HayKy O K/IeTKe, a MIMeHHO 61o-
JIOTMM KIIeTKM VTN, KaK Jallle Ha3bIBAIOT, KI€TOYHOI OMOOT L.
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B aT0711 HayKe IIJIOOTBOPHO COYETAIOTCS KaK MOP(OTIOTIIeCKIie, TAK I MOTIEK /LI PHO-
610IOrMYeCKIe TOXO/bI; 3TO MO3BOISET B HACTOSAIIEE BPEMsI CINTATD, YTO TEPMUHBI
UUMono2us Vi 6U0N02UA KemKy COBIANAIOT, T.K. UX IPEIMETOM M3ydeHNs SAB/IACTCSI
KJIeTKa, MMeEII[asi CBOM COOCTBEHHbIE 3aKOHOMEPHOCTY OpraHu3anuyu u QyHKIMOHN-
pOBaHUsI.

HucnummmHa «Luronorus» oTHOCUTCS K PyH/JaMEHTAIbHBIM pasfiesiaM Ouomornm,
T.K. OHa MCCTIEAyeT U OINCBIBAET eMHCTBEHHYIO eJUHNIY BCErO KMBOTO Ha 3eMiie —
K1eTKy. [l03HaHMe K/TeTKI MeeT BayKHelllilee 3HaUeH e /i1 pa3BUTIsI MHOXKECTBA APY-
rUX OMONOTMYEeCKMUX HAyK, TAaKMX KakK (puamomorus, reHeTKa, MOIEKy/sipHast 6110710-
TUA U Jp., T.K. JaeT UM KaK ObI CyOCTpart, MaTepyas i U3y4eHVs OT/eIbHBIX CBOJICTB
MIMEHHO KJIETOK: BCe PYHKI[MOHATbHBIE OTIIPABJIEHISI OPTAHN3MOB MIMEIOT KIIETOYHYIO
ocHoBy. OTpoMHOe 3Ha4YeHVe COBPeMeHHas [ITOMOTSI, MM OMOIOTHUS KIIeTKM, VIMeeT
U MEUIIVHBI, KaK Ha 9TO yKasay B cBoe BpeMs P. Bupxos, Tak Kax mo0ble 3a60/eBa-
HUST 4eTIOBEYEeCKOr0 OpraHyu3Ma CBOEil OCHOBON MMEIT MAaTONOTMI0 KOHKPETHBIX Kile-
TOK VIV MX TPYIII, YTO BaKHO Ui NOHMMAHMs PasBUTUs OOME3HM, [JIs ee OMarHo-
CTUKM ¥ J/Is1 BBIOOpa METOOB JiedeHus 1 popuaakTuku 3aboneBanus. [[nrenbHoe 1
IpUCTa/IbHOE M3y4eHMe KIETKM KaK TaKOBOI MPKBeIO K (GOPMYIMPOBAHNIO BaXKHOTO
TEOPeTIIecKoro 06061eHns1, GopMyINpPOBAHMIO TaK Ha3bIBAEMOII KJIETOYHOI TEOPUI,
UMeIolIIel OTPOMHOE 00111e6110/IOTYeCcKoe 3HaYeHIE.



naBa 1

KneToyHasa Teopus

Knemounas meopus — 2mo 0600uiervle npedcmasneHus 0 cmpoeHuu Kemox Kax
eOUHUL, JHUB020, 00 UX PASMHONEHUU U POTU 8 POPMUPOBAHUL MHOZOK/IEMOUHBLX 0p2a-
HU3MOS.

[TosiBneHno M GOPMYIMPOBAHNUIO OT/E/IbHBIX IIOJIOXKEHMUI KJIETOYHON Teopun
HpeLIecTBOBA/I NOBOJIBHO JINTE/NbHBIN (60Iee TPexXcoT jeT) IMepyofi HAaKOIUICHMNS
HAOJTIOfleHNIT HaJj CTPOEHMEM Pa3/IMYHBIX OJHOK/IETOYHBIX U MHOTOKJIETOYHBIX Op-
TaHM3MOB PACTEHMIT U )XMBOTHBIX. DTOT NepuOJ ObII CBA3aH C Pa3BUTUEM U YCOBEP-
HIEHCTBOBAHMEM Pa3/IMYHBIX ONTUYECKUX METONOB MCCAeNOBaHMUIl U pacIlpeHreM
UX IIpUMEHEHU.

Po6ept I'yk (1665) mepBpIM HaOIIOAA/ C IOMOIIBIO YBEINYNTEIbHbIX JTNH3 HOApa3-
Jie/ieHye TKaHeil IPOOKM Ha «STYeVKW», VIN «KJIETKI», KOTOPbIe MPefCTAB/IsIN COO0i
TOJIBKO BHEITHIE LIe/ITI0NI0O3HbIe 000MOUKM («SUeiiKn») PaCTUTENbHBIX KIETOK, HO OT-
HIO[Ib He UX cofep>kKumoe. Ero onmcanma NOCTy KU TOTYKOM [/ MTOSABJIEHNS CUCTe-
MaTMYeCKMX VICC/IeNOBaHMil aHaToMuy pactenmit (Manpnury, 1671; Ipro, 1671), koTo-
pble mopTBepaAVIN Habmonernsa Pobepra I'yka u mokasanu, 4To pasHoOOpasHbIe 4acTu
pacTeHNI COCTOAT M3 TECHO PACIIONIOKEHHBIX «ITy3BIPbKOB», MIIN «MeIIOYKoB». ITo3f-
Hee A. JleBeHryk (1680) OTKpbUI MMP OFHOKJIETOYHBIX OPTaHMU3MOB U BIIEPBBbIE YBI-
Jie7l KJIeTKYU >KMBOTHBIX (3puTporuthl). ITo3Hee KIeTKM >KMBOTHBIX ObIIM ONVCAHbI
®. Donrana (1781); HO 9TU 1 APyTUie MHOTOYMC/IEHHBIE MICCIEJOBAHNSA He IIPUBENN B TO
BpeMsA K IOHMMaHNIO YHUBEPCAIbHOCTY KJIETOYHOTO CTPOEHNA, K YeTKVUM IIpefiCTaBIe-
HISAM O TOM, YTO Ke ABJIsAeT co00ii KieTka. IIporpecc B M3y4eHUN MUKPOAHATOMUN U
KJIETKM CBSI3aH C pa3BUTHeM MUKpockonupoBaHus B XIX B. K aToMy BpeMeHy usMeHun-
TMCDb IpefCTaB/leHNsA O CTPOEHNH) KJIeTOK: IIaBHBIM B OpTaHM3aluy KIeTKY CTaja Cun-
TaThCs He KJIETOUHAst CTEHKA, a COOCTBEHHO ee CofiepxKuMoe, npomonnazma (Ilypkuns,
1830). B mporomtasme 6bI1 OTKPBIT IOCTOAHHBIN KOMIIOHEHT KieTku — A0po (BpayH,
1833). Bce aTn MHOTOUNCIeHHbIe HabmofneHns no3ponunu T. IlIBanny B 1838 I. cnenarsb
psan 0606menuit. OH MOKasas, YTO KJIETKM PACTeHMIT ¥ XVBOTHBIX NPUHIUINAIBHO
CXOJHBI MeX[Y c06011 (romonornuHsl). «3acmyra T. IllBaHHa 3aK/TI09aIach He B TOM, YTO
OH OTKPbUI KJIETKM KaK TAKOBBIE, @ B TOM, YTO OH Hay4WI KCCrefloBaTesiell IOHMMATh UX
3HaueHue» (Bampmeiiep, 1909).

Vwmenno T. llIBanH B 1838 I. BBeN TepMUH «KJIeTOYHASA TEOPUsA», KOTOPBIM ITO[IYep-
KVBaJI OOLIHOCTb KaK CTPOEHNs K/IETOK, TaK U MX QYHKIMOHAIbHOE 3HAYeHMe — CIIO-
COOHOCTD MX K POCTY, pasBUTHIO 1 auddepeHInpoBKe (Crieruanmnsarin).

JanpHeiiiee pa3ByTHe STUX IPeACTaBICHNUI TONMyYno B pabotax P. Bupxosa (1858),
KOTOPBII 3a/I0’KM/T OCHOBBI LIEJITIONIAPHOI KJIETOYHOI ITaTOJIOTUM M TEM CaMbIM YKasall
B Me[MLVHE VCTUHHBIA MyTh MccnenoBanmii. Ilocne aToro Kmeroynasa teopus crana
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VICXOZIHOV 623011 /11 pa3BUTVA MHOTHX IIOJIOKEHMI KaK B MEIUIIVHE, TaK ¥ B OMOIOrML.

[TosToMy MBI BIIpaBe Ha3bIBaTh KJIETOUYHYIO Teopuio Teopueli IllBanna-Bupxosa.
Co3sgaHye KJIeTOYHO TeOPUY CTAJIO BaXKHENIINM COObITIEM B €CTECTBO3HAHNUM, OfI-

HUM 13 PeNIAIIMX JOKa3aTe/IbCTB eMHCTBA BCell KMBOJ npupoasl. KieroyHnas Teo-

puA OKasana 3HAYMTETbHOE BIMAHME Ha Pa3BUTHE OMONOrMY, MOCTY>KM/IA TIABHBIM

byHIaMEHTOM 1 Pa3BUTHA TaKMX JUCHVUIIIVH, KaK aMOpuonorus, rucronorus u ¢u-
auonorusA. OHa 1ajia OCHOBBI U/l IOHVIMAaHMA XV3HM, A/Is1 0ObACHEHNA POJICTBEHHON

B3aMMOCBA3Y OPTAaHU3MOB, JI/I IIOHMMAaHNA VHAUBULYaIbHOTO Pa3BUTHA.

OcHOBHbBIE NIONOXKEHNSA KJIETOYHONM TEOPUM COXPAHU/IM CBOE 3HAYEHME VM Ha CErof-
HAILIHUI IeHb, XOTA 6071ee 4eM 3a 150 j1eT ObUIN ITOTy4eHbl HOBbIE CBEIEHNS O CTPYK-
Type, )XU3HENEATENbHOCTI ¥ Pa3BUTUM KJIETOK.

B Hacrosee BpeMs KNeTOYHas TeOPHA NOCTYINPYeET:

1. Knerka — sneMeHTapHas eUHUIIA XXMBOTO: BHE K/IETKY HET XUSHIL.

Knerka — egmHaa cucrema, COCTOAIIAA M3 MHOXKECTBA 3aKOHOMEPHO CBSI3aHHBIX

APYT C APYTOM 3/IEMEHTOB, TIPEACTAB/IAININX OIpefie/leHHOe 1[e/IOCTHOe 00pa3oBa-

HIIe, COCTOSIIee 13 CONMPKEHHBIX PYHKIMOHATBHBIX eAVHNUI] — OpTaHe/Ul WU Op-

TaHOUTIOB.

3. KieTku cXogHBI — TOMOJIOTMYHBI — II0 CTPOEHUIO I 110 OCHOBHBIM CBOJICTBaM.

4. Knerku yBenM4uMBarTCsA B YMCTIE Ty TeM JieJIeHUs MCXOJHON KIeTKM I10CTie yBOE€HNs
ee reHetnveckoro Matepuana (JJHK): keTka oT KeTKI.

5. MHOTOK/IETOYHBII OPTaHNM3M IPEICTaBIAET COOO0I HOBYIO CHCTEMY, CTIOXHBIN aH-
caMOJIb 13 MHOXKECTBa K/IETOK, 00'beIVIHEHHBIX /1 MTHTETPYPOBAHHBIX B CYICTEMBI TKa-
Hell M OPraHoB, CBA3AHHBIX IPYT C IPYTOM C IOMOIIbIO XMMUYECKMX (PaKTOPOB, Ty-
MOPAJIbHBIX U HEPBHBIX (MONIEKY/IAPHAA PeTY/IALNA).

6. KneTky MHOTOK/IETOYHBIX OPTaHM3MOB TOTHMIIOTEHTHBI, T.e. 00/Ta/jaloT PaBHBIMM
TeHeTUYECKVMM MOTEHUMAMY BCEX K/IETOK JAHHOTO OpPTraHM3Ma, pABHO3HAYHBI 110
reHeTN4eCcKoil MHPOPMaIMN, HO OTIMYAIOTCA IPYT OT Apyra pasHOil SKCIpeccuei
(paboToil) pa3/IMYHBIX T€HOB, YTO IPUBOANT K X MOP(HOTIOTMYECKOMY 1 PYHKIVIO-
HaJIbBHOMY Pa3H000pa3nio — K auddepeHIupoBKe.

1. KneTka — anemeHTapHas eguHNLA XUBOrO

I[IpencraBieHye o K/1eTKe KaK O CAMOCTOSITe/IbHO >KM3HeeATe/IbHOI eAHNUIIe ObLIO
maHo emte B paborax T. [IIBanna. P. BupxoB Takke cumrai, 4To KaKasi KJIeTKa HeceT
B ce0e MOTHYI0 XapaKTepUCTHKY XU3HM: «K/IeTKka ecTb mocmegHmit MOpQomorndecKuii
9/IeMEHT BCeX JKMBBIX TeJI, ¥ MBI He IMeeM IIpaBa MCKATh HACTOSIIeN KU3HeesITeNbHO-
cTy BHe ee» (1858).

CoBpeMeHHas HayKa ITOJTHOCTBIO TOKAa3aja 3TO IO/I0KeHMe. B momynsapHoit murepa-
Type KJIeTKY 4aCTO Ha3bIBaIOT «aTOMOM JKIU3HI», «KBAHTOM >KM3HI», IOJYePKMBAsI TeM
CaMbIM, YTO K/IeTKa — 9TO HaMMEHbIIasl eqHNIIA )KMBOTO, BHE KOTOPOJ HET XKU3HI.

Taxas o011ast XapakTepUCTUKa KJIETKH TO/DKHA B CBOIO OU€epeNb OMMPAThCS Ha OTpe-
IesleHIe XMBOTO — 4TO TAKOe JKIMBOE, YTO TaKoe XM3Hb. OueHb TPY[HO HAThb OKOHYA-
TeJIbHOE OIIpefie/IeHNe XKIBOTO, XU3HU.



nasa 1. KnemoyHas meopus

11

ITo BupxoBy «KM3Hb €CTb eSITeIbHOCTD KJIETKY, 0COOEHHOCTBIO IIEPBOI €CTh 0CO-
6eHHOCTD 1 nocrtegHel» . b.M. Megunkos (1982) mumet: «MoxHO cOpMyIMpOBaTH
oIIpeieNieHNe KU3HU Cefyomeil ppasoil: >KM3Hb — 3TO aKTUBHOE, UyIIlee C 3aTPaToil
SHEePIUM IOAJepKaHNe ! BOCIIPOM3BeieHNe CIePUIecKOoil CTPYKTYPbI» .,

M.B. Bonbkenmrreiin (1965) maeT cregyloliee onpepenenue xusHu: «’Kusble opra-
HYI3MBI NIPEACTAB/IAT CO00I OTKPBITHIE (T.e. 0OMEHMBAIOLIVIECS C OKPY Kalollell cpe-
JI0ii BEILlleCTBOM 1 9HEprueli), CaMOPeryIMpYIOLINecs ! CAMOBOCIPOU3BOISAIINECS CH-
CTeMbl, BaKHENIIMI QYHKIVOHUPYIOMIMMM BeIleCTBAMU KOTOPbIX ABIAOTCA OeIKN
U HyK/IEVHOBBIE KMCTIOTBI» .

JKuBOMYy CBOJICTBEH psfi COBOKYIIHBIX IIPM3HAKOB, TAKMX, KaK CIIOCOOHOCTD K BOC-
IpoM3BefieHNI0 (PeIpOAyKINY), UCIONb30BaHNe U TpaHCHOpMALUA SHEPTUM, MeTa-
60/113M, 4yBCTBUTE/IBHOCTD, I3MEHUMBOCTD. V] TaKyl0 COBOKYITHOCTb 3TUX IPU3HAKOB
MO>XHO OOHapy>XITb TOJIBKO Ha KJIETOYHOM ypoBHe. HeT MeHblIIIel e[ HNIIbI )KUBOTO,
yeM K/IeTKa. Mbl MO>KeM BBIIeTINTD 113 KJIETKU OT/e/IbHbIe €€ KOMIIOHEHTBI VJIM JaKe MO-
JIEKY/IBI ¥ YOEAUTHCS, YTO MHOTHE U3 HUX 00/maziatoT criennduieckuMy GyHKIVOHATb-
HBIMM 0COO6eHHOCTAMM. Tak, BbIie/IeHHble aKTOMIO3MHOBBIE (PMOPW/IIBI MOTYT COKpa-
IAaTbCA B OTBET Ha jo06aBieHne AT®; BHe K/IeTKY IIPeKpacHo «paboTaloT» MHOTue (ep-
MEHTBI, YYaCTBYIOLIVE B CHHTe3€ VIN paclajie CIOKHBIX 6100praHNYecKMX MOJIEKYIT;
BbIJIe/IeHHbIe PYOOCOMBI B NPUCYTCTBUM HEOOXOAMMBIX (PaKTOPOB MOTYT CUHTE3UPO-
BaTb 010K, pa3paboTaHbl HEK/IETOUHBIE CUCTEMBI epMEHTATIBHOTO CUHTe3a HYKJIeH-
HOBBIX KVIC/IOT 1 T.JI. MOYXXHO /M CYMTATD BCe 9T KIIeTOYHbIe KOMIIOHEHTBI, CTPYKTYPBHI,
(bepMeHTBI, MOJIEKY/IbI )KMBBIMM? MOXKHO /M CYMTATD XKMBBIM aKTOMJMO3MHOBBI KOM-
mwiekc? JlymaeTcs, 4TO HeT, XOTA ObI IIOTOMY, YTO OH O0JIafjaeT MMIIb YacTbio Habopa
CBOJICTB >X1BOTr0. TO ke OTHOCUTCS U K OCTa/IbHBIM IIpuMepaM. To/lIbKO KIeTKa Kak Ta-
KOBas ABJIAETCS HaMEHbILEN efuHuIel, 00Iaamiell BCeMI BMeCTe B3SATbIMU CBOJI-
CTBaMM, OTBEYAIOLIVIMY OIPEE/IEHUIO «XKIBOE».

Yro >Ke Takoe KJIeTKa, Kakoe el MO>KHO JaTh o0lijee onpenenenne? VI3 MIKOIbHOTO
Kypca U3BeCTHO, 4YTO Pa3HOOOpa3HbIe KJIETKI VIMEIOT COBEPIICHHO HECXOIHYI0 MOp(o-
JIOTUIO, VX BHELIHMII BUJ, Y Be/IMYMHbI 3HAYUTETBHO PACXOAATCA. [leICTBUTENBHO, YTO
ob1iero MeXx/y 3Be3quatoit popmMoil HeKOTOPBIX HEPBHBIX KJIETOK, HIAPOBUHON dop-
MOJ1 JIefIKoIyTa 1 Tpy6koo6pasHoit popmoit kineTkn supotenus? Takoe ke pasHooOpa-
3ue GopM BCTpedaeTCs ¥ CPefyt MUKPOOPTaHM3MOB. [109TOMY MBI JO/DKHBI HAXOIUTD
OOIHOCTD XMBBIX 00BEKTOB He B UX BHeIIHell GopMe, a B OOLHOCTI X BHYTPEHHEN
OpraHu3aINN.

Cpeny XVBBIX OPraHN3MOB BCTPEYAIOTCS [iBa TUIIA OPraHN3AIVN K/IEeTOK.

K Hanbonee mpocToMy THUITY CTPOEHNUS MO>KHO OTHECTU KJIeTKY GaKTepuil, I1aHo-
bunmit u apxeii, K 60/1ee BBICOKOOPIaHN30BaHHOMY — K/IETKM BCEX OCTa/IbHBIX SKMBBIX
CYIIeCTB, HAYMHAA OT HM3LIMX PACTEHWIT ¥ KOHYAs 4eTIOBEKOM.

[TpuHsATO Ha3pIBaTh KIETKM OakTepuil, apxebakTepuil U nuuaHobuuil npoxapuo-
muyueckumu (NOANEPHBIMM KJIETKaMM), a KJIETKM BCEX OCTA/IbHBIX IIPeNCTaBUTENEN

' P. BupxoB «O MeXaHIYeCKOM ITOHMMaHWM XU3HM». — XapbKoB, 1867.

2 B.M. MepnHukoB «AKcuomsl 6uonornn». — M.: 3HaHne, 1982.

> M.B. BonbkeHuTeitH «MoeKy/bl 1 5XKn3Hb» — M.: Hayxa, 1965.
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KUBOTO — dykapuomuyeckumu (COOCTBEHHO s[iePHBIMM), TIOTOMY 4TO Y HOC/IETHUX
00513aTe/IbHOI CTPYKTYPOIl CIY>KUT KI€TOYHOE AAPO, OT/eJIeHHOe OT LINTOIIA3MBbl
ATePHOI 000/TOUKOIL.

CopepX1Moe IPOKaprOTIYECKOI K/IeTKY OJeTO IIa3MaTIYeCKOoil MeMOpaHoIi, Urpa-
IolIlell pO/Ib aKTUBHOTO 6apbepa MeX/y COOCTBEHHO LIMTOIIa3MOJ KJIETKM VI BHELIIHE
cpenoit (puc. 1.1, 1.2). OOBIYHO CHAPY>KU OT ITa3MaTHYEeCKOI MeMOPaHBbI PacIIoNoXKeHa
KJIeTOYHasA CTEHKA MM 000/109Ka — IPOAYKT KJIETOYHON aKTUBHOCTI. Y IPOKapUOTH-
4eCKMX KIeTOK HeT MOP(OIOrNYeCcKy BBIPAXKEHHOTO Apa, HO IPUCYTCTBYET B BUJiE TAK
Ha3bIBaeMOTO HyKieouda 30Ha, 3anonnennas [JHK.

B ocHOBHOM BemiecTBe (MM MAaTpUKCe) IUTOIVIA3MBI IIPOKAPMOTIYECKUX K/IETOK
PAacIIONaraloTCsA MHOTOYNMC/ICHHBbIE PUOOCOMBI, LIMTOIIIa3MaTHYeCKye >Ke MeMOpaHbI
OOBIYHO BBIP)XEHBI HE TaK CUJIBHO, KaK Y 9YKapMOTUYECKUX K/IETOK, XOTsI HEeKOTOpble
Buzibl OaxTepumit (Hampumep, GpoToTpodHbIe IMypIypHble 6aKTepuu) 60raTsl BHYTPU-
K/IeTOYHBIMM MeMOpaHHbIMU cucTeMamy. O4eHb CHIBHO LIMTOIIa3MaTHYeCKye MeMO-
PaHBI Pa3BUTHI Y CHHE-3e/IeHbIX Bofopocieil. OOBIYHO BCe BHYTPUKIETOYHBIE MeMO-
PaHHBIE CHCTEMBI IPOKAPMOT Pa3BMBAIOTCSA 3a CUET IIa3MATIYeCKOI MeMOpaHBI.

Ho He TOnmpKO mpucyTcTBUE MOP(OIOTMYECKN BBIPAXKEHHOTO Sfipa SB/IAETCA OT-
MMYNTETTbHBIM NIPU3HAKOM 9YKApPMOTNYECKNX KIEeTOK. Y KIeTOK BBICIIETO THIA (3yKa-
PMOTHYECKVX) KPOMe Apa B IIMTOIUIa3Me CYIIeCTBYeT Iie/blii Habop CIlelyanbHbIX

P

o
|

B AT

Puc. 1.1. YnbTpaToHKNIN Cpe3 NponmnoHoBon 6ak-  Puc. 1.2. KOMOMHMPOBaHHasA CxeMa NpoKaproTMye-

Tepuu: CKOW KNeTKM:

] — KneToyHas CTeHKa; 2 — 30Ha Hykneomaa; 3 — me30- ] — KNeToYHas CTeHKa; 2 — nnas3maTtnyeckas membpana;
coma; 4 — obpa3oBaHue cenTbl NPy AENEHUN KNETKN 3 — [HK Hykneownga; 4 — nonmpu6oCcombl LTOMNa3Mbl;
(¢oTo J1LU1. Bopobbesoii) 5 — Me30CcoMbl; 6 — NnamennapHble CTPYKTYpbl; 7 — BMA-

YMBaHUA NNA3MONEMMbI; 8 — CKOMEHVEe XPOMaTopopoB;
9 — BaKyonu € BKNtoueHMAMY; 10 — GakTepuanbHble Xry-
TUKY; 11 — nnacTuHYaTble Tnakouabl
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00513aTeNbHBIX CTPYKTYP, OpP2AHENI, BBIOTHSIO-
IUX OTAenbHble crenupuueckue  GyHKIUM
(pmc. 1.3, 1.4). K umcny opraHe/mn oTHOCAT MeMO-
paHHBIe CTPYKTYpBL: CUCTEMY SHOIIa3MaTnde-
CcKoit ceTnt (peTnKynyma), armapar [onbmKiu, m130-
COMBI, MUTOXOH/IPUH, TUIACTU/BI (U1 KIIETOK pac-
teHuit). Kpome Toro, /i1 93y KapmoTHIe CKMX KJIETOK
XapaKTepHO HalnM4lie HeMeMOpaHHBIX CTPYKTYP,
TaKMX KaK MUKPOTPYOOUKNM, MMUKpOduIaMeHTs,
LeHTpro/u (/151 K/IETOK XMBOTHBIX) U JIP.

OyKapuoTuyeckre KIeTKM OOBIYHO HaMHOTO
KpylHee MPOKAPUMOTHYIECKMX. Tak, MaTouKOBMUJ-
Hble 6aKTepyu UMEIOT JUIMHY 0 5 MKM, @ TOMIUHY
OKO/O 1 MKM, B TO BpeMsI KaK 3yKapUOTHYeCKIe,
KJIeTK! B IIONEPEYHMKE MOTYT JOCTUTATh JIeCAT-
KOB MKM.

HecmoTpst Ha veTkme Mop¢oIormueckme oT-
NNYUA U IPOKAPUOTUIECKIe, Y 9YKapUOTUIeCKue
KJIETKM MMEIT MHOIO OOIIero, 4To U IMO3BOJSIET
OTHECTU UX K OJIHOII, KJIETOYHOI, CUCTEME Opra-
HM3aLMy XXUBOro. VI Te 1 fpyrue ofeThl I1a3Ma-
TUYECKOVl MeMOpaHoit, 006afalieil CXOHON

13

Puc. 1.3. KombuHupo-
BaHHasA Cxema CTPOeHUA
KNETKI XNBOTHbIX:

1 — AApo € XpOMaTHOM
N APbILKOM; 2 — nnas-
maTuyeckas membpaHa;
3 — MUKPOBOPCUHKY; 4 —
rpaHynApHbIA  3HAOMNNA3-
MaTUYeCKUn  PeTUKYIYM;
5 — rnapkun petukynym;
6 — annapart fonbaxu; 7 —
KNeTOYHbI LIeHTp; 8 — mMu-
TOXOHAPWK; 9 — 3H[OCOMa;
10 — nepBuYHble M30CO-
Mbl; 11 — BTOpUYHbIE N30~
COMBbI; 12 — Tenonn3ocoma;
13 — ceKpeTopHble Bakyo-
NN, 3K30COMbI; 14 — Xu-
poBble BKAYeHus; 15 —
Gnbpunnbl  UMTOCKeNeTa;
16 — prbocombl

Puc. 1.4. Mpwxn3HeHHaa poTorpadus
KNeTKM KynbTypbl B Ga30BOKOHTPACT-
HOM MUKpOCKone:

fl — appo; AK — AAPDILIKO; M — MUTOXOHZ-
pumn
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byHK1MelT aKTUBHOTO TIepeHoca BeleCTB U3 K/IETKM ¥ BHYTPD ee; CUHTe3 Oe/IKa y Hux
IPOVCXOANUT Ha pOOCOMAX; CXOIHBI I APYTHE IPOLecchl, Takue, kak cuHte3 PHK 1 pe-
wkauys JHK, moxoxu 1 6muosHepretudeckue mpoueccsl. VIcXofst 13 BblllleCKa3aH-
HOTO, KJIeTKe MOYKHO IaTh 00lijee OIpefie/ieHne.

Knemixa — smo ozpanuvennas akmueHoi memOpanoil, ynopsooueHHAs CMPyKmypu-
posannas cucmema 6uononumepos (6enKo08, HyKneUHOBbIX KUCTIOM) U UX MAKPOMOTIEKY-
JIAPHBIX KOMNIIEKCO8, YHACMBYIOUsUX 6 eOUHOTI COBOKYNHOCHU MemaboNUYecKux u sHep-
2emMuU1ecKUX NPoueccos, 0CyuLeCmenaouux noooepicanue U e0cnpoussedetue éceil cuc-
memvl 8 UesIoM.

Kopoue: kreTka — caMOIOAep)KMBAOIASICS U CAMOBOCIIPOM3BOMALIASICS CUCTEMA
6monomMepoB. JTO OIpefeieHNe JaeT ONMCaHNe OCHOBHOTO CBOJICTBA «KUBOTO» —
BOCIIpOU3Be/ieHIe TOI0OHOTO0 cebe 13 HermogoOHoro cebe.

Y MHOTOK/IETOYHBIX OPTraHM3MOB YacCThb KJIETOK yTpadMBaeT CBOVICTBO Pa3MHO-
JKaThCsI, HO OHM OCTAIOTCS KJIETKaMU [0 TeX IOp, MOKa CIIOCOOHBI BECTV CHHTETUYe-
CKVIe IIPOIIeCCHI, PeryIMpOBaTh TPAHCIOPT BEIIECTB MeXY KJIETKOI U CPeoii, ICIIONb-
30BaTh IS 9TUX MPOLECCOB SHEPrMI0. ECTh puMepbl O6e3bsiepHbIX KIETOK (3pUTPO-
LUTBI ¥ TPOMOOIIMTBI MIEKOITUTAIONINX, HEKOTOPbIE MbIIIEYHbIE K/IETKV MOJUTIOCKOB),
3TO CKOpee He COOCTBEHHO KJIETKY, a VX OCTaTKU — OfjeThle MEMOPAHOI y4acTKM LiU-
TOIUIa3MBI C OTPAaHIYEHHBIMY (PYHKI[MOHA/IbHBIMY HOTEHIVSAMI.

OnHO BpeMsI IIepBbIii IOCTY/IAT K/IETOYHOI TEOPUI TTOABEPTasiCsi MHOTOUNC/IEHHBIM
HamajKaM 1 Kputuke. HekoTopble aBTOpBI YKa3bIBaIy, YTO B MHOTOK/IETOYHBIX Opra-
HU3MaX, 0COOEHHO Y KMBOTHBIX, KPOMEe K/IETOK CYIIECTBYIOT ¥ MEXXK/IE€TOYHBIE, TIPO-
Me)XXYTOYHBIE Bell[eCTBA, KOTOPbIe TOXe, Ka3anoch, 06/1afay cBoricTBaMu >kuBoro. Ox-
HaKo 6bIIO TI0OKa3aHO, YTO MEXXKJIETOUYHbIE BeljecTBa (OCHOBHOE BEIleCTBO M BOIOKHA
COENVMHUTENbHON TKAaHMU) IMPEACTAB/IIOT CO0O0T He CaMOCTOsITeNbHBIE 0Opa3oBaHms,
a IPOJYKTHI AKTUBHOCTY OT/{e/IbHBIX IPYIII K/IETOK.

[Ipyrue Bo3paXkeH1sI Kacamich TOTO, YTO YACTO Y )KMBOTHBIX KPOMe OT/E/IbHbIX KITe-
TOK BCTPEYAIOTCs TaK HasbIBaeMble cummnaacmol i cunyumuu (coknemust). [lo mopdo-
JIOTM9eCKOMY OIMCAaHVIO — 9TO KPYIHbIe IUTOIIa3MaTHYeCKue 00pasoBaHMsl CO MHO-
JKECTBOM sifiep, He pasJieJieHHble Ha OT/elIbHbIe KIeTO4Hble Tepputopun. [Ipumepamn
TAKMX CUMIUIACTOB MOTYT OBITh MbIIlI€YHbIe BOJIOKHA TO3BOHOYHBIX. OfHAKO eCyI po-
CTIE[UTD 3a PasBUTUEM TAKMX «HEKIETOUHBIX» GOPM, TO JIETKO YOEAUTHCS B TOM, UTO
OHYI BO3HVKAIOT BTOPUYHO 3a CYET CIMAHUA OT/E/NIbHBIX KJIETOK VU JKe B pe3y/IbTare
Jie/IeHNs OHYX sifiep 0e3 pasfiesieHns UTOIIAa3MBl, T.e. 6€3 IIMTOTOMUIL.

2. Knetka — efnHas cnctema ConpsiXKeHHbIX
GYHKUMOHaNbHbIX eAUHNL,

B Hayasie HalIero U3/I0XKEHNS B COITIACUM C K/IETOYHOII TeOpMert Mbl 00CY>KIamu Iep-
BbIJ1 ee IOCTYJIAT: KJIeTKAa — HaMMeHbIIasA efinHuIa XX1Boro. OJJHaKo Mbl 3HAae€M O CJIOXK-
HOCTU CTPOEHMA 3TON «eIMHUIIbI», KOTOPas COleP>KUT B cebe MHOXKECTBO TUIIOB BHYT-
PUK/IETOUHBIX CTPYKTYP, BBIIOIHSAOIX pasHooOpasHble (ynkiym. [Ipu aTom Kax-
LB/l KOMITIOHEHT «CIIel[a/IM3M[POBaH» Ha BBIIIOTHEHNUM OJJHOJ COOCTBEHHOI TPYIIIIBI
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GYHKIUIL, U [pyTrVie KOMIIOHEHTBI He MOTYT paboTaTh «II0 COBMECTUTEIBCTBY», HE MO-
TyT IPUHATH Ha Ce0s1 OCHOBHBIE (PYHKIINM IPYTUX BHY TPUK/IETOYHBIX CTPYKTYp. BaxkHo
OTMETUTb, YTO KaX/jast U3 QYHKUMII AB/IsAETCA 0053aTe/IbHOI, €3 BBIIOTHEHNS KOTO-
POl KJIETKa He MOXKET CYLeCTBOBATh. Bce 3TO B 3HAUMTENbHOI CTEIIEHM HAIIOMJHAET
MHOTOK/IETOYHBII OPTaHM3M, KOTOPBII Tak>Ke IPefiCTaB/IsgeT CoO601 0COOYI0 XKUBYIO CH-
cTeMy, 00eCIeunBaIyIo CBOe COOCTBEHHOE CYILIIeCTBOBAHNUE U BOCIIpOM3BefieHue. Bee
TEJI0 OpraHM3Ma MOXKeT OBITb MOZIpa3/e/ieHo Ha PsJ MOLCUCTEM WIN CUCTeM, obecre-
YMBAIOIIVX Le/Iblil PAZ PYHKIUIT OpraHU3Ma: NMIeBapyUTeIbHAs, BbIJeTUTE/IbHASA, MbI-
IIeYHas, HepBHas, 0IoBast cucteMa u ip. VI aTv pyHKIMM BHIOTHAIOTCS OTTbHBIMU
VU PSIZIOM OPTAHOB: KMIIEYHNUK, TOYKY, MO3T I T.JI.

/1 B JaHHOM IIpUIMepe STU CYCTEMbl B OCHOBHOM MOHOQYHKIIMOHA/IbHBI 11 He3aMe-
HUMBIL. B 0011eii cucTeMe opraHusMa Kak I1e/I0T0, Bce OHM UTPAIOT IJIaBHbIE, a He MOfI-
YIHeHHbIe, poy. JKu3Hb opraHnsMa CTaHOBUTCS HEBO3MOXKHOI IIPY BBIK/TIOYEHNM JTI0-
60711 U3 ITUX CHUCTEM.

dopmanbHO MOOYI0 KIETKY MOXKHO «PasjOXUTb» Ha Psifi Kak Obl HE3aBMCUMBIX
CTPYKTYPHBIX U (PYHKLMOHA/IbHBIX KOMIIOHEHTOB, BBINOTHSIOIMX CBOYU CIIelyduye-
ckre QyHkuym. Tak, 9yKapMOTHYecKyIo KIeTKy IPUHATO pasfe/iiTb Ha A0PO U uu-
monna3my. B nutomnnasMe, B CBOIO O4Yepelib, BBIAEIAIT 2UANONAA3MY, VIV OCHOBHYHO
nnasmy xnemxu (LUTO301Tb — PACTBOPUMBIA KOMIOHEHT IIVTOIIA3Mbl 11O TEPMUHO-
JIOrMy OMOXVIMMKOB), @ TAKXKe /bl S| CTPYKTYP — OpeaHesil, BBIIONHAIONUINX CBOU
otfenbHble crenuduyeckre QyHKIMM. ITO MeMOpaHHbIe OpraHe/Ibl: OZHOMEMOpaH-
Hble (BaKyo/IApHas CUCTEMa, BKTIOYAIONasg B ce0s 9HIOIIa3MaTUYeCKUIl PeTUKYIIYM,
anmapar [ombpKu, 3HTO- U 9K30IMTO3HbIE BAKYO/IN, IM30COMBI, IEPOKCUCOMBI) 1 [IBY-
MeMOpaHHbIe (MUTOXOHApUY U IIacTuAbl). K HeMeMOpaHHBIM OpraHe/IaM HY>KHO OT-
HeCTV prOOCOMBI U CHCTEMY INTOCKeNeTHbIX (pubput. KpoMe Toro, Bcs MOBepXHOCTD
KJIeTKM IOKPbITA LIMTOIIIA3MaTHYECKON MeMOpPaHOI, TeCHO (YHKIMOHAIBHO CBS3aH-
HOJI KaK C BaKyOJIIPHOJI CUCTeMOIT, C 97IeMEeHTaMU IITOCKe/IeTa, TaK U C I'MajIoIIa3Moii
(puc. 1.5).

| LUMTONNA3MA |

AP0 N

|OpraHennb| | lManonnasma (LMT0301b) 2 |

| Mem6paHHble | HememGpatHbie |

.

fBy- | onwo- || yuTockenet 4 || Pubocomi 3 |

lMnactuabl 7 BakyonapHas cuctema 5

(9HAOMNa3MaTUYECKNIn PETUKYNYM),
| MuTOXOHAPUM 6 | annapart [onbaxw, 3H[0- 1 IK30COMbI,
NM30COMbI, BaKyonu, NepoKCUCombl

—I MnasmaTnyeckas mem6paHa 8 Ii Puc. 1.5. OyHKLMOHaMbHbIE

CNCTEMDI 3yKapVIOTHOVI KNeTkn
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Ho kaxpmas u3 atux MOpQOTOTUIECKUX «OTHENbHOCTEN» MPeNCTaBsieT coO60il HO-
BYIO CHCTeMY WM MOACUCTeMY (PyHKUMOHMpPOBaHMA. Tak, KIeTOYHOe SAPO SABJIACTCA
CUCTeMOJI XpaHeHMsI, BOCIIPOU3BENEHN U pealn3aluy TeHeTNIeCKo MHPOPMALIL,
3aKkroueHHol B coctaBe JHK xpomocom. Imanmonnasma — crucreMa OCHOBHOTO IIpOMe-
JKYTOYHOT0 0OMeHa; pr60COMBI — 9/IeMeHTapHbIe K/IeTOYHbIE MAIIVHBI CUHTe3a Oe/TKa;
IMTOCKeTeT — OIIOPHO-/IBUTaTe/IbHAs CUCTeMA KJIeTKY ¥ BAKYO/L-IPHAsA CCTeMa — CH-
CTeMa CHHTe3a U BHYTPUK/IETOYHOTO TPAHCIOpPTAa OENKOBBIX OMOIONMMEPOB M IeHe-
31Ca MHOTYIX K/IETOYHbBIX MeMOpaH; MUTOXOHAPUM — OpPTraHe/lIbl SHeproobecreyeHnsa
KIeTKM 3a cueT cuHTe3a ATO; mmasmaTuyeckas MeMOpaHa — 6apbepHO-PeIeNTOPHO-
TPAaHCIOPTHAS CYCTeMa KIeTKIL.

AHasoru sTUX CUCTeM eCTb U Y IPOKApMOT: 9TO — IIa3MaTuyecKass MeMOpaHa, Ko-
TOpasi KpoMe IIOTPaHMYHOI PO YYacTByeT B nporeccax cuHTe3a ATO n portocuuTesa,
IIUTO30/Ib, pPOOCOMBI 1 JJa>Ke 3JIEMEHTBHI LIUTOCKENIeTa.

Ba’KHO IOf4epKHYTh, YTO BCE ITY IOACUCTEMBI KTIETKY 0OPa3yIOT HEKOEe CONPSDKEeH-
HOe eIVMHCTBO, HaXO[ATCA BO B3aMMO3aBMCUMOCTH. Tak, HapylleHue QyHKUMI Afpa
Cpasy cKasbIBaeTCs Ha CUHTe3€e KJIETOYHbIX O€/IKOB, HapylleHe paboThl MUTOXOH/PUIL
IpeKpallaeT Bce CMHTeTNYecKye ¥ 0OMeHHble IPOLeCChl B KJIeTKe, paspyllIeHle JJie-
MEHTOB LIUTOCKe/eTa IIpeKpallaeT BHYTPUK/IETOUYHBIN TpaHCIOpPT u T.j. Kak B yaco-
BOM MeXaHM3Me ITOBPeX/ieHe T000I ero YacTy IPUBOJNT K OCTAHOBKE BCEl CUCTEMBI
B I[€JIOM.

3. fomMOonorn4yHoOCTb KNeTokK

TepMuH «rOMOIOTMYHOCTb» O3HAYAET CXOZCTBO IO KOPEHHBIM CBOJVICTBAM U OT/IV-
qie 110 BTOPOCTeNeHHbIM. Hanpumep, pykn desioBeka, KpbUIO ITHUIIbL, TIepefHss HOra
JIOLIA/{V TOMOJIOTMYHBI, CXOf{HBI He TO/IBKO I10 I/IAHY CTPOEHSI, HO 1 IT0 CBOEMY ITPOJIC-
xox/eHuio. I1006HO 3TOMY MOXKHO TOBOPUTBD, YTO Pa3Hble KJIETKM OPTAHN3MOB PaCTH-
TEJIBHOTO VIV XMBOTHOTO IPOVICXOKIAEHNS CXOLHBI, TOMOIOTMYHBL.

910 06061eHMe, caenanHoe eme T. [[IBaHHOM, HALIO CBOE MOATBEP)KAEHNME 1 Pa3-
BUTIE B COBPEMEHHOI L[UTOJIOTUM, MCIO/Mb3YIOl[ell HOBble TOCTVDKEHNUS TEXHVKM, Ta-
KUe, KaK 3JIeKTPOHHBII MUKPOCKOIL. [OMOTOTMYHOCTD CTPOEHMsI KJIETOK Hab/MIogaeTcst
BHYTPM KaXXJOTO U3 TUIIOB K/I€TOK: IPOKAPMOTHNIECKOM I 9YKapUOTIIeCKOM. XOPOIIIo
M3BECTHO PasHOOOpasye KJIETOK KaK OaKTepyanbHbIX, TaK M BBICIINX OPraHu3MoB. Ta-
KOe OJHOBPEMEHHOE CXOACTBO CTPOEHMA U pasHooOpasye GOopM OIpeNe/AITC TeM,
YTO K/IeTOYHbIe (PYHKIMI MOXKHO Ipy00 MOfpa3Ae/UTh Ha ABe TPYIIIbL: 00s3aTe/IbHbIE
u ¢axynpratuHble. Obsi3aTenbHble GYHKINY, HAIPAB/ICHHbIE HA MOJJeP)KaHe JKI3-
HeCI0COOHOCTY CAMUX K/IETOK, OCYIIIEeCTBIISIOTCS CIIeIabHBIMI BHY TPUK/IETOYHBIMU
CTPYKTYpaMH.

Tak, y Bcex IpOKapMOTMYECKMX KJIETOK ITa3MaTudeckas MeMOpaHa He TOJIBKO
OrpaHMYMBaeT COOCTBEHHO LIUTOIIa3My, HO U QYHKUIMOHMPYET KaK CTPYKTYpa, obe-
CrleYyBaIasi aKTUBHBIM TPAHCIOPT BEI[ECTB M KIETOYHBIX IPORYKTOB, KaK CHU-
cTeMa OKVCIUTENbHOro GochopuanpoBaHys, KaK UCTOYHUK 0OpasoBaHMs KIETOY-
HbIX 6akTepnanpHbIx cTeHOK. [JHK HyK/meonma 6akTepuil i CiHe-3€e/IeHbIX BOZOPOCIIeit
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obecrieunBaeT reHeTHYECKIE CBOICTBA KIETOK U T.Ji. PUOOCOMBI I{UTONTa3Mbl — €MH-
CTBEHHbIe AIlIIapaThl CYHTe3a MOMUIENTUAHBIX IIeTlell — TakKXe 00s3aTeNbHBbII KOM-
HOHEHT LIMTOIUIa3Mbl IIPOKAPMOTUIECKOIT KIeTk1. PasHOOOpasue ke IpoKapuoTuye-
CKMX KJIETOK — 3TO Pe3y/IbTaT T'€HeTUYeCKOl HeOJHOPOJHOCTI OTHE/IbHbBIX OaKTepu-
a/IbHBIX O/fHOK/IETOYHBIX OPTaHM3MOB. [IpoKapnoTndecke KIeTKI MOTyT OT/INYAThCs
APYT OT ipyTa TONLMHOI ¥ yCTPOWCTBOM KJI€TOYHOM CTEHKM, CK/Ia/[4aTOCTDIO IIJIa3Ma-
TUYECKOI MeMOpPaHBbI, KOJIMYECTBOM ¥ CTPYKTYPOI LIUTOIIA3MAaTUIECKIX BBIPOCTOB
3TOJI MeMOpPaHBI, KOTMYECTBOM M CBOMCTBAMJ BHYTPUKIETOYHBIX BAaKyoJIell M MeM-
OpaHHBIX cKomteHuit u gp. Ho «o6muit mian» cTpoeHns IpoKapuOTUIeCKMX KIeTOK
0CTaeTCs IIOCTOSHHBIM.

Ta >xe kapTUHa HAOMIOKACTCA U /IS SYKapUOTUYECKMX KIeToK. [Ipyu n3ydeHun Kie-
TOK PacTeHMII ¥ )KUBOTHBIX 6pOCaeTcsi B I71a3a pa3uTeIbHOE CXO[CTBO He TONBKO B MUK-
POCKOINYECKOM CTPOEHNM ITHX K/IETOK, HO U B JIeTA/IIX CTPOEHMS VX OTAE/IbHBIX KOM-
IIOHEHTOB. Y 3YKapMOT TaK Xe, KaK Y IPOKapMOT, KJIETKYU OT/ie/IeHbI IPYT OT Apyra MIn
OT BHEIIIHeil Cpefbl aKTYBHOI ITa3MaTHYeCKOI MeMOpaHoOit, KOTOpas MOXKeT IIPMHU-
MaTh y4acTue B BbIIeJIEHNM BellleCTB U3 KIE€TKI U IIOCTPOEHMY BHEK/IETOYHBIX CTPYK-
TYP, 9YTO 0COOEHHO BBIPAXKEHO Y PACTeHMIL. Y BCeX 9YKapMOTUYECKUX KIeTOK OT HU3-
X IPUOOB O MO3BOHOYHBIX BCET/ja MMEETCs ARPO, IPUHIMINATBHO CXOHOE II0 I10-
CTPOEHMIO ¥ Pa3HBIX OpraHu3MoB. CTpoeHue u GpyHKIUM BHYTPUKIETOYHBIX CTPYKTYP
TAaK>Ke B IIPUHINIIE ONPefe/IsieTCsI TOMOIOTMYHOCTDIO OOIeK/IeTOUHBIX (PYHKINIT, CBSI-
3aHHBIX C OJiflep>KaHVeM CaMOoli )XMBOJL CHCTeMbI (CHTe3 HYK/IEMHOBBIX KUCTIOT U Oert-
KOB, 61109HepreTIKa KIeTKY U T.J.).

OnHOBpeMeHHO MBI BUJVIM U pasHOOOpasye K/IeTOK JaXke B Ipefie/laX OHOTO MHO-
FOKJIETOYHOTO OpraHmsma. Tak, mo ¢opme Maio IOXOXKY APYT HA [pyra Takye KIeTKH,
KaK MblllleuHas: yin HepBHasA. COBpeMeHHasl LIVTOOIMs [OKAa3bIBAET, YTO pasindne
KJIETOK CBSI3aHO CO Cllenyanusanueir ux QyHKIMil, ¢ pa3BUTHEM 0COOBIX (QYHKI[MO-
HaJIbHBIX KJIETOUHBIX anmaparos. Hampumep, e paccMaTpyBaTh MBIIIEYHYIO KIIETKY,
TO B Hell KpoMe OOIIeK/IeTOYHbIX CTPYKTYp (MeMOpaHHBIE CHCTEMBI PETUKYIYMa, all-
napar [omppku, prb0COMBI 1 fIp.) BCTPEYAIOTCA B OOMBIIOM KOMn4decTBe GUOpIIAp-
Hble KOMIIOHEHTBI, oOecIieyrBaoniye CrennaabHyo QyHKIVOHA/IBHYI0 HArpy3Ky, Xa-
PaKTepHYIO /5T 9TON KIIETKIL.

B HepBHOII K/TeTKe KpoMe 00IeK/IeTOYHBIX KOMIIOHEHTOB MO)KHO OTMETUTb CIIeI-
duyeckme YepThl: HaM4Me AIVHHBIX M Pa3BETBICHHBIX KJI€TOUYHBIX OTPOCTKOB, OKaH-
YMBAIOMMXCA CIIENMANbHBIMU CTPYKTYpaMM Iepefiadyi HePBHOTO VIMITY/IbCA; CBOE-
06pasHyl0 KOMIOSMLMIO B LUTOIUIA3Me M3 9/IEMEHTOB SHIOIUIA3MAaTHYeCKOil CeTu
(Turpoun), 60/bIIIOE KOMNIECTBO MUKPOTPYOOUEK B KIETOYHBIX OTPOCTKAX. Bes co-
BOKYIIHOCTb 3TUX OTIMYUTETbHBIX YepPT HEPBHOI KJIETKM CBSI3aHA C ee Clleluasy3a-
nyell — Inepefadeil HepBHOro MMIyabca. OfHAKO M MUKPOTPYOOUKM 1 MMKpoduma-
MEHTbI MOYXHO OOHAPY>KUTh IPAKTUYECKHU B MIOOBIX 9YKaPUOTUYECKIX K/IETKAX, XOTS
oHM Oy#yT 1 He Tak 06mIbHBL Harrpumep, ¢pumaMeHTbI, CXOf{HbIE 10 XMMU3MY C aKTUHO-
BbIMY GUOPUITIAMU MBILIIEYHBIX KJIETOK, MMEIOTCS B inToIlIa3Me pubpobmactos. B Heil
Ke 0OHAPYXUBAIOTCS U MUKPOTPy6ouku. CrieoBaTeNbHO, 1 MUKPODIIAMEHTbI i MUK-
POTPYOOUKY NpeACTaB/IAT cO00i 00s3aTebHble O0IeK/IeTOUHble CTPYKTYpHI. Cell-
9ac M3BECTHO, YTO MUKPO(DIIAMEHTbI K/IETOK IPeCTaBIeHbl aKTVHOM, YTO YKa3bIBaeT
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Ha X OOILIeKTeTOYHOe 3HaYeHMe — 00ecrednBarh MOABIKHOCTD KIeTOK. B Mblmey-
HBIX K/IeTKaxX 3Ta QyHKIMA CTa/la I7IaBHOI, II03TOMY TaK CMJIBHO B HUX BBIPAXKEH CO-
KpaTUTE/IbHBIN allliapar.

CrpyKTypHOe pa3HOOOpasye KJIeTOK MHOTOK/IETOYHOTO OPTaHM3Ma MOXKHO 00bsC-
HUTD OT/IMYMEM UX CIeI[aTbHBIX QYHKIINIA, OCYIIeCTBIAMIMNXCA JAHHO K/IeTKOM KaK
6b1 Ha hoHe 061X, 06A3aTeNbHBIX KIeTOUYHBIX QYHKIIMIL.

I pyruMu coBamMy, TOMOJIOTMYHOCTD B CTPOEHNM KJIETOK OIIpefie/iAeTCs CXOACTBOM
001IIeK/Te TOUHBIX (DYHKIINIA, HAIIPaB/IeHHBIX Ha TOAepXKaHNUe HUSHU CAMUX KTemOK U
Ha ux pasmuosxcenue. PazHooOpasue e B CTPOEHNM K/IETOK MHOTOK/IETOUHBIX — pe-
3y/1bTaT (PYHKIMOHA/IBLHON CHenann3anyi, iuddepeHIpoBKIL.

4, KneTka oT Knetkm

Dopmynuposka monoxxenns «Bcskas kmetka ot knetkw» (Omnis cellula e cellula)
CBsI3aHA C MMeHeM 3HaMeHUToro y4yexoro P. Bupxosa. T. llIBanH B cBOuxX 0600111eHMAX
HO/{YePKIBA/I OAMHAKOBOCTD IPMHIUIIA PasBUTHUSA KJIETOK KaK Y XMBOTHBIX, TaK U Y
pacTeHnmit. ITo mpepcrabieHne 6a3upoBanoch Ha BbiBogax M. Illneiinena o ToM, 4TO
KJIETKJ MOTYT 00pa3oBBIBATbCS M3 3€PHICTON MaCcChl B HEjpax KJIETOK 3aHOBO (Teopus
nurobmacteMsr). P. BUpxoB Kak IIPOTUBHUK WJEU O CAMO3aPOXKAEHMY >KU3HY HaCTall-
BaJl Ha «IIPEEMCTBEHHOM Pa3MHOXXEHMI KIETOK»: «BCAKYI0 pasBUTYIO TKaHb MOXKHO
IPOU3BOAYUTD TOJIBKO OT OHOTO IMPOCTOrO Hadama — OT KIeTKi». CeropHs chopmy-
nupoBaHHOe P. BupxoBbIM adopuctideckoe onpeneseHne MOXXHO CIUTATD 61omornde-
CKIM 3aKOHOM. PasMHO)KeHMe KIeTOK IPOKAPHOTIHYECKUX U SYKaPUOTHIECKUX PO-
VICXO[IUT TONBKO ITyTeM Jie/IeHNs MCXOHOI KIeTKM, KOTOPOMY IpefuIecTByeT BOC-
mpon3BeeHNe ee reHeTnIecKoro Matepuana (pegymwmxanus JTHK).

Y 9yKaproTHYeCKMX K/IETOK efUHCTBEHHO MTOMTHOLIEHHBIM CIIOCOOOM Jie/IeHNs SIBIIS-
eTcsl mumo3 (Wim metio3 Ipy 06pa3oBaHNM MONOBBIX KIeToK). [Ipn aTom obpasyercs
CIlellMaJIbHBbIIl alapar KIeTOYHOTO Jie/leHNsI — KJIETOYHOE BEPETEeHO, C IIOMOIIBIO KO-
TOPOrO PaBHOMEPHO UM TOYHO II0 BYM JOYEPHMM KJI€TKaM PacCIIpefe/slTCs XPOMO-
COMBI, IO 9TOTO YABOMBILNECA B 4YMC/Ie. DTOT TUII [ie/leHNs HAaOMIOAaeTCs y BCeX 9yKa-
PUMOTHYECKUX, KaK PACTUTE/IbHBIX, TaK 1 SKUBOTHBIX KJIETOK.

ITpokaproTidecKkue KIETKY, [e/LIMecss TaK HasblBaeMbIM OMHApHBIM 00pa3oM,
TaKXKe VICIO/b3YIOT CIeIMa/[bHBI allapaT pasfe/ieHns KIeTOK, 3HaUMTeNIbHO HAIlo-
MMHAIOIUIT MUTOTUYECKIIT CTIOCO6 Ie/IeHNsI 9YKaproT (CM. HIDKe).

CoBpeMeHHas HayKa OTBepraeT MHbIe IyTH 00pa3soBaHVs KJIETOK 1 YBeIUYeHUE VX
uycra. [TosBuBIIMECs OHO BpeMsi OICaHNsI 00pa3sOBaHNMs K/IETOK U3 «HEKIeTOYHOTO
XKVMBOTO BeI[eCTBa» OKAa3aJIlCh B JIyYIleM C/Iydae pe3yIbTaToM MeTOAMYeCKUX Helo-
CTaTKOB MJIM JjaXKe OIINOOK, a B Xy/IIeM — IUIOZIOM Hay4HOJ HeTOOPOCOBECTHOCTH.

OnHO BpeMs CUUTaN, YTO KJIETKU MOTYT Pa3MHOATbCS IPSMbBIM Je/IeHIEM, Iy TeM
TaK Ha3bIBaeMoOro amumo3sa. OFHAKO IIpsIMOe pasfe/ieHe KIIeTOYHOTO sIpa, a 3aTeM I
[IMTOIUIa3Mbl, HAO/TIOIAeTCsl TOBKO Y HeKOTOpbIX nHpy3opuit. [Ipu sTom aMutoTHYe-
CKM JIeTUTCST TOJIBKO MaKPOHYKJIEYC, B TO BpeMsi KaK IeHepaTUBHbIE MUKPOHYK/IEYChI
JIe/IATCS. MCKTIOYNTENIBHO IIyTeM MITO33, BCJIEH 3a KOTOPHIM HACTYIAeT pasfiesieHue
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KJIETKM — LUTOTOMMA. YacTo MOAB/IeHME ABYX- UM MHOTOS/IePHBIX KJIETOK TaKXKe CUl-
TajIM Pe3y/IbTaTOM aMUTOTUYECKOTO feneHns sanep. OgHaKo MOAB/IE€HNE MHOTOAePHBIX
KJIeTOK SIBJIATCS VI Pe3yIbTaTOM CAVMAHMA APYT C IPYTOM HECKOMbKUX KIeTOK (TM-
TaHTCKJie MHOTOAJEPHbIe KJIeTKV TeJl BOCIIAJIEHV], OCTEOK/IACTDI U [Ip.) VLU pe3yIIbTa-
TOM HapyIlIeHMs caMOTo Ipolecca LIUTOTOMUM, MNOO0 ABJIAIOTCA IpU3HAKAMMU KJIETOY-
HOJI IIATOJIOTMM, KaK B C/Iy4ae aloIlTo3a — IIPOrpaMMIUpPOBAHHON K/IETOYHOI rubenu,
KOITIa IIPOUCXOAUT PparMeHTays Afpa.

5. KneTku n MHOroKneTouHbliit OopraHn3sm

Ponb OTHENbHBIX K/IETOK B MHOTOKJIETOYHOM OpraHM3Me IOfiBepranach HEeOJHO-
KpPaTHOMY OOCY»X/IeHIIO U KPUTHUKe U IIpeTepIena Hanbonbue naMenenys. T. llIBanu
IpeacTaB/sl cebe MHOTOTPAHHYIO JeATENTbHOCTb OpraHM3Ma KaK CyMMY >KU3Hefes-
TENIBHOCTY OTJE/NbHBIX KIE€TOK. JTO IpefcTaB/lIeHNe ObIIO B CBOE BpeMs pacUIMpPEeHO
P. BupX0BBIM, KOTOPBI/I HOfYEPKMBAT, YTO (YHKIMOHVPOBAHME PA3INMYHBIX KJIETOK
MHOTOK/IETOYHOTO OpraHM3Ma HaXOJUTCA BO B3aMMHOJ 3aBUCUMOCTHU JIPYT OT ApyTa.
BupxoB muca: «...BCAKOE TeNO, CKOIbKO-HUOY/Ib 3HAUNTEIBHOTO 00beMa, MpefiCcTaB-
JISIeT YCTPOVICTBO, IOf00HOE 00I[eCTBEHHOMY, I7le MHOXeCTBO OTHE/IbHBIX CYIeCTBO-
BaHMII TIOCTaB/IEHO B 3aBUCUMOCTD IPYT OT APYTa, HO TaK, OTHAKO e, 4YTO KaKJ0e U3
HIIX /IMeeT CBOI0 COOCTBEHHYIO IeATEeNbHOCTD, U eC/IM MOOYX/IeHNe K 9TOM AeATeNbHO-
CTV OHO U TIONTyYaeT OT JPYTUX YacTell, 3aT0 CaMOI0 pabOTy CBOIO OHO COBepIIaeT Cob-
cTBeHHbIMU cumamu» (Bupxos, 1859).

JlelicTBUTENBHO, KaKyl0 OBl CTOPOHY HeATeTbHOCTY IIeIOT0 OpTaHM3Ma MbI HIU
Opainu, 6yab TO peakuus Ha pasgpakeHVe WIN BIOKEeHNe, MIMMYHHbIe peaKLnu, Bbl-
IejleHyie M MHOTOe IPyToe, KaXKAas M3 HUX OCYIIeCTBI/IAeTCS ClIelMaTn3pOBaHHBIMI
kneTkamn. Kimetka — 310 eguHMIa QyHKIVMOHMPOBAaHUA B MHOTOKJIETOYHOM Opra-
HusMe. Ho keTkn o6beiHeHbI B QYHKIIMOHA/IbHbIE CYICTEMBbI, B TKAHV ¥ OPTaHbI, KO-
TOpPBbI€ HaXO[ATCA BO B3aMIMHOI CBA3Y APYT € ApyroM. II0sTOMy HET cMbIC/Ia B CIIOXK-
HBIX OpTaHM3MaxX MCKaTb IJIaBHbIE OPTaHbl MIN ITIaBHble K/IeTKU. MHOTOK/IeTOYHbIe
OpraHM3Mbl IIPEICTABAIOT COOOI CTIOXKHBIE aHCAMOIN KITeTOK, 0O be[HEHHBIE B 1ie-
JIOCTHbIE MHTEIPUPOBAHHBIE CCTEMbI TKaHell ¥ OPTaHOB, IOAUYMHEHHbIE U CBA3AHHbIE
MEXK/IeTOYHBIMY, TYMOPA/IbHBIMU U HEepBHBIMU GopMaMu peryraunu. Bor mouemy
MBI TOBOPUM 00 opraHmsMe Kak o 1enoM. Crienyannsanys 9acTeil MHOTOKJIETOYHOTO
e[ITHOTO OpTaHM3Ma, PaCWIEHEHHOCTDb ero QYHKIMII JAl0T eMy OO/IbliIe BO3MOXKHO-
CTU IPUCTIOCOONIEHNA /sl pa3MHOXKEHMsI OTHE/IbHBIX MHAVBUAYYMOB, I COXpaHe-
HUS BUJA.

B KOHeYHOM MTOTe MOXKHO CKa3aTb, YTO KJIeTKa B MHOTOK/JIETOYHOM OpTaHM3MEe —
3TO efUHMIA PYHKIMOHNPOBAHNA U pasBUTHA. KpoMe Toro, mepBoocHOBOIT BCceX HOP-
MaJIbHBIX U MATOJIOTMYECKUX PeaKIUil LIeIOCTHOTO OpraHu3Ma AB/IseTcsa KiaeTKa. [eii-
CTBUTEIBHO, BCe MHOTOYMC/IEHHBIE CBOJCTBA ¥ (YHKIVM OPraHM3Ma BBIIIOTHSIOTCS
knetkamu. Korja B opranusM nomajjalor 4y>KepofHble Oe/ky, Hanpumep 6akTepuab-
Hble, TO pa3BMBAETCA MMMYHONIOIM4ecKasa peakuusA. IIpy aToM B KpoBU HOABIAIOTCA
Oe/IK-aHTUTeIIa, KOTOPbIE CBA3BIBAIOTCA C Yy>KUMM O€/IKaMI U VIX MHAKTUBUPYIOT. DTN
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aHTUTeNa — MPOAYKTHI CMHTETUYECKOI aKTUBHOCTY OIpe/eNeHHBIX KIeTOK, IIa3Ma-
1ytoB. Ho, 4To6bI I/1a3MaliThl Hauaay BbIpabaThIBaTh criennduyecKiie aHTUTeNa, He-
obxonyma paboTa 1M B3aMMOJENICTBUE LENIOTO psfia CIElUaIM3MPOBAHHBIX KJIETOK-
mumdouuToB 1 Makpodaros. [Ipyroil npumMep, mpocTeiumii pedaekc — CIOHOOT-
JieTieH1ie B OTBET Ha MpefbsiBIeHe NI, 31ech MPOSIBIAETCS OYeHb CTIOXKHAsS LeTb
K/IeTOYHBIX YHKIUIL: 3pUTE/TbHbIE aHAN3ATOPbI (K/IETKY) IepefaloT CUTHAI B KOPY ro-
JIOBHOTO MO3T4, Iie aKTUBYMPYETCA LeJIblil PsJ, K/IETOK, IepefalolNX CUTHA/IbI Ha Hell-
POHBI, KOTOPbIE TOCHUIAIOT CUTHAJIBI K Pa3HBIM KJIeTKaM C/TIOHHOI YKe/le3bl, I7ie OIHY BbI-
pabaTbIBaOT 6ENKOBBIIT CEKPET, APYTIie BBIESIOT CIU3UCTHII CEKPET, TPEThY, MbIIIEY-
Hble, COKpAIasiCh, BBIIAB/IMBAIOT CEKPET B IIPOTOKIA, a 3aTeM — B IIOJIOCTb pTa. Takime
Lleny IOC/Ie0BaTebHBIX (PYHKIMOHAIbHBIX aKTOB OTHE/IbHBIX I'PYIII K/IETOK MOXKHO
IPOC/IEANTD Ha MHOYKECTBE TPUMepOB (pYHKI[MOHATbHBIX OTIPABIEHNIT OPraHN3Ma.

JKusHp HOBOro opraHm3Ma HauMHAETCS C 3UTOTHI — KJIETKY, OMTY4MBILIEIICS B pe-
3y/IbTaTe CIVSTHMA YXEHCKON IO0BOI KIeTku (oowurta) co cruepmueM. IIpu fenennn
3UTOTHI BO3HUKAET KJIETOYHOE IIOTOMCTBO, KOTOPOE TAaK)Xe Je/MUTCS, YBeIN4INBACTCA B
quCIe M IPUOOpeTaeT HOBbIE CBOJICTBA, Clielyanusupyercs, auddepennupyercs. Poct
OpraHusMa, yBeJIMdeHIe er0 MacChl eCTb Pe3y/IbTaT PasMHOXKEHMUsI KIeTOK M Pe3yIib-
TaT BBIPAOOTKM MMM PasHOOOPA3HBIX IPOAYKTOB (HAIpuUMep, BellecTBa KOCTH WM
XpsIa).

V1 HaKoOHel, IMEHHO MOpaXkeHe KJIETOK MU M3MeHeHe X CBOJICTB — OCHOBA IS
pasBuTUA Bcex 6e3 MCKIOYeHns 3aboneBaHmil. [lTaHHOe HOJIOXKeHMe OBUIO BIEpPBbIE
chopmymposano P. Bupxossim (1858) B ero sHamenuToi kuure «Knetounas maToso-
rus». KmaccuyeckuM nmpyMepoM K1eTOYHOI 00YCITOBIEHHOCTY PasBUTHA O0/Ie3HN MO-
XKeT CITY)KUTb CaXapHBIN A1abeT, IMPOKO pacIpoCcTpaHeHHOE 3a00/1eBaHNe COBPEMEH-
HocTu. Ero mpuumHa —HeZOCTaTOYHOCTb (PYHKLMOHMPOBAHMS JINIIb OFHON TPYIIIIBI
KJIETOK, TaK Ha3bIBaeMbIX -KJIETOK OCTPOBKOB JIaHrepraHca B IIOJKeTyJOYHOI JKeTie3e.
ST K/IeTKM BbIpabaTHIBAIOT TOPMOH MHCY/IVH, YIACTBYIOLNIL B PETY/IALMI CAXapHOTO
obMeHa OpraHusma.

Bce oty npyMepbl MOKa3bIBAIOT BaXKHOCTb U3Y4eHUsA CTPYKTYPBI, CBOVICTB U (PyHK-
LVJT KJIETOK JUIA CAMBIX Pas/IMYHbBIX OMOMTOTMYEeCKUX AUCHVIUIVH U /IS MeUIIVHBL.

6. TOTUNOTE@HTHOCTb KNETOK MHOFOK/eTOYHbIX OopraHnimos

Kak >ke BO3HMKAIOT pa3HOOOpasHble TUIIBI K/IETOK B MHOTOK/IETOYHBIX OpPraHM3Max?
M3BecTHO, 4TO OpPTaHM3M Ye/I0BEKA, Pa3BUBILNIICA BCETO U3 OHON MCXOMHON KIeTKHU,
3UTOTBI, cofiep>knt 6oee 200 pa3nMIHBIX TUIIOB K/IeTOK. KakuM o6pasoM Bo3HUKaeT
3TO pa3HOO0bOpasue, CETOHs O KOHIIA He SICHO, TaK KaK ellle MaJl0 KOHKPETHBIX JAHHBIX,
KACAOLMXCA Iy TeN TOABIEHUA TeX VUIM VHbBIX KJIETOYHbBIX TUIIOB.

CoBpemenHas 61ooruss Ha 6ase NpeNCTaBICHUI SMOPMOIOTUN, MOJIEKY/IPHOI
OMOIOrMY VI TEHETUKY CYMTAET, YTO MHAMBUAYa/JIbHOE Pa3BUTHE OT OFHOI KIETKU JIO
MHOTOKJIETOYHOTO 3PeJIOr0 OpraHu3Ma — pe3y/IbTaT OC/Ie0BaTe/IbHOTO, N301paTe/b-
HOTO BKJIIOYEHNA PaOOThI pa3HBIX T€HHBIX YYAaCTKOB XPOMOCOM B Pa3/IMYHBIX KIeTKaX.
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9TO NPUBOAUT K TOSB/ICHNIO KJIETOK CO CIELVPUYECKUMM ISl HUX CTPYKTypamMm U
0coOBIMI (QYHKIUAMY, T.€. K IIPOIlecCy, Ha3biBaeMoMY fn¢ ¢epeHnnpoBKoIi.

IuddepennpoBka — 9T0 pesynbrarT U30MpaTENIbHON aKTUBHOCTU Pa3HBIX I'€HOB
B KJIETKaX II0 Mepe PasBUTHsI MHOTOK/IETOYHOTO OpranmsMa. [Ipyrumu crnosamu, aud-
¢depeHuypoBka — 910 pesynbraT AudQepeHIanbHOi aKTUBHOCTY TeHoB. CreioBa-
TE/IbHO, MOXKHO YTBEP)KIATh, YTO I00ast KJIeTKa MHOTOKIeTOYHOTO OpraHmsMa obsna-
laeT OJVHAKOBBIM ITOTTHBIM (DOHIOM TeHeTNIEeCKOro MaTepuaa, BCeMU BO3MO>KHBIMU
HOTEHIVSAMIY IS IPOSIBJIEHVS] 9TOTO MaTepyaa, T.e. IMOMUnomeHmua, Ho B Pa3HbIX
KJIeTKaX OfIHU U Te >Ke T€Hbl MOTYT HaXOAUTHCA WM B AKTVBHOM WM/IM B PEIIPeCCUPOBaH-
HOM COCTOSIHMU. DT HpeAcTaBIeHNst 6asUpYITCs Ha 60IbIIOM 9KCIIEPUMEHTATbHOM
marepuaje. CTaso BO3MOXXHBIM BBIPACTUTh 3pe/Ioe PAcTeHNe U3 OIHOIL ero coMaTruye-
CKOJI K/IeTK). MHOTOYNC/IeHHbIe OIBITHI Ha JIATYLIKAX [TOKa3ajIy, 4To sAnpa auddepeH-
LIVIPOBAHHBIX KJIETOK COXPAHSAIOT BCe Te IOTEHIINN, KOTOPBIE €CTh Y AApa B 3UTOTE.

Bb110 HailieHo, YTO eC/M HOCTIe OIVIOJOTBOPEHMs AMIeK/IeTKY JIATYIIKY Y BO3HUK-
IIe}T 3UTOThI MUKPOXVMPYPIUYeCKY YAATNUTD SPO, 2 Ha MECTO €T0 MMITTAHTUPOBATh SIIPO
U3 IPYTOi 3UTOTHI, TO IIPOM30/IET IIOJTHOE pa3BUTIe HOPMa/IbHO Aryuiku. Ecim sxe B
3TOM 9KCIIEPUMEHTE AAPO 3UTOTHI 3aMEHNTDb Ha AP0 M3 CIelMaNIN3NpPOBaHHON (-
bepeHIMPOBAHHOI) K/IETKI B3POC/IOrO KMBOTHOTO, TO pPa3BUTHe SMOPIMOHA IPOIieT
HOPMaJIbHBIM ITyTeM, BIVIOTH 10 HOsIBJIEHVS B3POCIOi aryuku (puc. 1.6).

AHa/JIOTMYHBIM IIyTeM MOXXHO B 0e3bs[IepHYI0 3UTOTY MJIEKONUTAIOIIUX BBECTHU
SAPO U3 TKAHU B3POC/IOTO KMBOTHOTO U MONTY4YNTh KIIOHUPOBAHHYIO 0CO0Ob, UMEIOIYIO
UJIEHTUYHYI0 TeHeTUYeCKyl0 MHPOPMALMIO C >KUBOTHBIM-JOHOPOM. Tak Oblra Imomy-
vyeHa (KIOHMPOBaHa) oBeuyka Josmn.

V3 3TOro BBITEKAeT, YTO KJIETKM MHOTOKJIETOYHBIX OPraHM3MOB OO0JIafjal0T IIOJI-
HBIM HabOpOM TeHeTH4YeCKoi MHGOpMALNM, CBONCTBEHHOI JI/IsI JAHHOTO OPTaHM3Ma,
B 9TOM OTHOLIEHN OHJ PaBHO3HAYHbL. HO OTHOBpeMeHHO K/IeTKY OT/IMYAIOTCS 110 00b-
eMy IpOsIB/IeHN: 9TOV MHPOPMALIMY, YTO U CO3/jaeT BO3MOXXHOCTD ITOSIB/ICHNs CIIelina-
NM3MPOBAaHHBIX K/IeTOK. OfHAKO B MOC/IeHee BpeMs MOABWINCH HaHHBIE O TOM, YTO

Puc. 1.6. ToTMNOTEHTHOCTb Aflep KNETOK opraHu3mMa. AApo, BbiAeNneHHoe U3 KNEeTKM KILIeYHMKa ronoBacTyi-
Ka Xenopus laevis (a), nepecaxeHo B ANLIEKNETKY, IUILEHHYIO Afpa nyTem obnyyeHus (6). B pesynbtate sii-
LieKneTKa JpobunTca 1 pa3BrBaETCA HOPMabHbIA FONOBACTYK (MPUMEp TaK Ha3blBAEMOTO «KIOHUPOBAHNA»
KNBOTHBIX):

1 — BblaeneH1e AApa 13 COMATMYECKON KNETK; 2 — 0B/yyeHre oouuTa; 3 — nepecagka aapa; 4 — apobawasca 6na-
CTYNa; 5 — Pa3BMBAIOLLMICA rONIOBACTUAK
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I/Ia3MAIUThl B pe3ynpraTe crenyduieckoil fudpdepeHIpoBKN Ipy UMMYHHOM OT-
BeTe IpeTepIeBA0T MOJIEKY/IIPHBIE IIePeCTPONKI B 00/1aCTV T€HOB, OTBETCTBEHHBIX 3
CUHTe3 aHTUTEL, ¥ TeM CaMbIM I'eHeTUYeCKM OT/INYAIOTCS OT OCTa/IbHBIX K/IETOK.

O6uIM e 3aKOHOM JJIsI MHOTOKJIETOYHBIX PaCTUTENIbHBIX U )KMBOTHBIX OPTaHMU3-
MOB SIB/ISIETCSI TO, YTO HECMOTPSI Ha CTPYKTYpHbIe U PYHKIMOHANTbHbIE PA3ININs Kle-
TOK JaHHOTO OpraHM3Ma B TeHETUYEeCKOM OTHOIICHUY OHJ OTHOPOJHBI, TOKAECTBEHHBI
Y TOTUIIOTEHTHBI.

ITogBopss MTOT PacCMOTPEHMIO COBPEMEHHOTO COCTOSHUA KIIETOYHOU Teopuwu,
HY>KHO CKa3aTh, YTO MMEHHO K/IeTKAa — eMHIIIA Pa3BUTVSI MHOTOK/IETOYHBIX OPraHM3-
MOB, e[MHUIIA UX CTPOEHNS, eAMHNUIIA QYHKIMOHNPOBAHUA U efUHNIA TTaTOIOTIYe-
CKUX M3MEHEHMUIL.

17151 TOrO, 4TOOBI IOHATH HE TO/IBKO 3HAYEHIE CTPYKTYPHBIX 0COOEHHOCTEI KIIETKI,
HO 11 I7TaBHOE — Pa3o0paThcsi B PyHKI[MOHATBHBIX OTIIPAB/ICHMAX €€ OTAe/IbHBIX KOMIIO-
HEHTOB 11 BCel KJIETKM B L[e/IOM, YTOOBI COYeTaTh M3yueHue MOP(OIOrm KJIeTKY C I/IaB-
HeJIIMIY OMOXMMUYECKMMIY Y TeHeTUYeCKUMM OCOOEHHOCTAMU ee YCTPONCTBA 1 pa-
60TbI, YTOOBI U3YYaTh KJIETKY MMEHHO C TIO3UIINIT COBPEMEHHOII K/IETOYHOI 6107orny,
HeoOXOAMMO XOTs OBl BKpaTlje BCTIOMHUTb OCHOBHBIE MOJIEKY/ISIPHO-OMOIOTYeCKIe
3aKOHOMEPHOCTH, ellle pa3 KPaTKo OOpaTUTbCA K COfleP)KaHMIO LIeHTPAIbHOI JOTMBI
MOJIEKY/IIPHOIL 6uonornm (M. I1aBy 2).



[naBa 2

LleHTpanbHadA forma KneToyHou
ounonorun

KreTka Kak TakoBast 06/1aiaeT OrpOMHBIM 4JC/IOM Pa3HOOOPasHBIX PYHKINI, KaK
MBI y>Ke TOBOPWIIN, YaCTh U3 HUX — OOIIeK/IeTOYHbIE, 4aCTh — CIIelManbHble, XapaK-
TepHbIe 11 0COOBIX KJIETOYHBIX TUIIOB. [TaBHBIMU PabOYMMM MeXaHU3MaMU BbITION-
HeHVS 9TUX (QYHKUMII SABIAIOTCA O€IKU WM UX KOMIUIEKCHI C PYIMMU OMOJIornde-
CKUMM MaKpOMOJIEKY/IaMM, TAKMMM, KaK HYK/IeMHOBbIE KJC/TOTBI, TAIIMBI ¥ IIO/TMCaXa-
pupsl. Tak, M3BECTHO, YTO MPOLECCH TPAHCIIOPTA B KJIETKE Pa3HOOOPA3HbBIX BEIIECTB,
Ha4MHas C MOHOB, 3aKaHUYVMBas MAaKPOMOJIEKY/IaMU, ONpPENe/AI0TCS paboToil CIery-
a/IbHBIX 0€/IKOB WJIM JIMIOIPOTENHOBBIX KOMIUIEKCOB B COCTaBe IIIa3MaTUYECKOIl U
VHBIX K/IETOYHBIX MeMOpaH. IIpakTmyeckyu Bce IIpOLiecChl CHMHTe3a, paclaja, Iepe-
CTPOJIKM PasHbIX OENKOB, HYKJIEMHOBBIX KUCTIOT, TAIIN/OB, YIJIEBOJOB POVCXOAUT B
pesy/braTte aKTMBHOCTU CIleln(UUeCKUX [ KaXK/Ol OT/Ie/IbHOI peakIuy 6enKoB-
¢depmenTOB. CHHTE3bI OTEIBHBIX OMONTOINYeCKIX MOHOMEPOB, HYK/IEOTHUIOB, aMIHO-
KICJIOT, )XMPHBIX KUCJIOT, CAXapoB U JIp. TaKXKe OCYIeCTB/ISAIOTCS OTPOMHBIM YMCTIOM
crerudunyecknx GepmeHTOoB — 6enkoB. CoKpalleHne, MPUBOAsIIee K IOJBIKHOCTI
KJIETOK VI K IIePEeMEIeHUIO BEIeCTB ¥ CTPYKTYp BHYTPU K/IETOK, OCYILeCTB/IAETCS
TaKXXe CIIela/IbHBIMY COKPATUTe/IbHBIMM Oenkamu. MHoOrue peakiyy KJIeToK B OT-
BeT Ha BO3J[e/iCTBIIe BHEIIHNX (aKTOPOB (BUPYCOB, TOPMOHOB, Yy)KEPOJHBIX OETKOB
U [Ip.) HAYMHAIOTCSA C B3AMMOJENCTBUSA 3TUX (PAKTOPOB CO CIIEMATbHBIMU K/IETOYU-
HBIMU O€TKaMI-peLenTOpaM.

Benku — 9TO OCHOBHBIE KOMIIOHEHTBI IPAKTUYECKM BCEX KIETOUHBIX CTPYK-
Typ. MHOX€eCTBO XMMMUYECKNX PeaKL[Mil BHYTPYU KIE€TKY OIpefensieTcss MHOXKeCTBOM
(bepMeHTOB, KaXKAbIil 13 KOTOPBIX BefleT OHY M/IN HECKOIbKO OT/JENbHBIX PeaKIiMil.
CTpyKTypa Ka>KJ0T0 OT[e/IbHO B3ATOTrO Oe/Ika CTPOro crenn@uyHa, 4To BhIpaXKaeTcs
B CIIelMpUIHOCTY UX IEPBUYHON CTPYKTYPBI — B IIOC/IELOBATE/IbHOCTY aMIHOKNC-
JIOT BJIO/b MOJIUIIENTUHOM, GekoBoI 1emn. [IpuyeM criennpuaHOCTD 3TOM aMUHO-
KVUCTIOTHOJ TTOC/IeI0BATeNbHOCTY 6e301M609HO TOBTOPEHA BO BCEX MOJIEKY/IaX JlaH-
HOTI'O KJIETOYHOIO OesKa.

Takas TPaBMIBHOCTH B BOCIPOU3BENEHUM OJHO3HAYHON IOCTENOBATENbHOCTH
aAMIHOKUCIOT B 0€NKOBOI Lienn feTepMuHupyercs crpykrypoit JJHK toro rennoro
y4acTKa, KOTOPBIi B KOHEYHOM CUeTe OTBEYaeT 3a CTPYKTYPY U CUHTe3 JaHHOTro Oeka.
OTU HpefCTaB/IeHNs CIy)KaT OCHOBHBIM IIOCTY/IaATOM MOJIEKY/LSIPHOI Omororuu, ee
«gormoit». VIndopmanusa o 6yayieir Monekye Oenka IepefaeTcsi B MeCTa €ro CUH-
Te3a (B pubocombl) nmocpenunkoM — nHpopmannonnorr PHK (nPHK), nykneotnp-
HBIII COCTaB KOTOPOII OTPa’kaeT COCTAB I ITOC/Ie0BaTe/IbBHOCTh HYK/ICOTU/J0B TEHHOTO
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yuactka JJHK. B pubocome crpomtcs monumenTujHas Liellb, IIOCIELOBaTe/IbHOCTD
aMIHOKICIIOT B KOTOPOII ONIpefie/IsAeTCA MOC/Ie0OBaTeIbHOCTDIO HYyKIeoTu0B B MPHK,
[IOC/IeIOBATEeTbHOCTHIO VX TPUIIZIETOB. 1eM caMbIM IeHTpalbHasA JOrMa MOMEKY/IAp-
HOJ 6MO/IOTMM IIOIYePKIBAET OJHOHAIIPABIEHHOCTD Iepefaun nHGOPMALVN: TONTBKO
or THK x 6enky, ¢ momouipio npomexxyroynoro 3seHa, n"PHK (JHK > nPHK - 6Ge-
nok). Jnsa Hekotopbix PHK-copepskamux BUPYycoB Iienb nepefadn nHGOpMALNN MO-
ket upTy 1o cxeme PHK > nPHK - 6enok. 910 He MeHsieT CyTH Hena, Tak Kak JieTep-
MUHUPYIOUINM, OIIpefie/IAI0IIM 3BeHOM 3/1eCh SIB/IAeTCA TakKe HYK/IeHOBas KICIOTa.
O6parHble IyTH fleTepMMHALUY OT OeKa K HyK/lIenHoBoit kucnore, K JTHK nwm PHK
HE3BECTHBDL

J71s1 TOro 4TOOBI B JaNbHEIIIIEM TIePeiTH K M3YIEeHUIO CTPYKTYP KJIEeTKMU, CBS3aH-
HBIX CO BCEMI 3TaNIaMU CMHTe3a 6eKOB, HaM He0OXOMMO KPATKO OCTAHOBUTHCS Ha
OCHOBHBIX ITPOI[€CCaX ¥ KOMIIOHEHTAaX, ONpee/s0IUX 9TO sBJICHNE.

B Hacrosiiee BpeMsi Ha OCHOBAaHMY COBPEMEHHBIX IIPEACTABIEHMIT O OMOCUHTEe3e
0€e/1KOB MOYXHO JJaTh C/Ie[YIOI[YI0 OOy IPUHIUINATIBHYIO CXeMY 9TOTO CJIOXKHOTO
¥ MHOTOCTYIIEHYaToro npouecca (puc. 2.1).

[maBHas, «<KOMaHIHAsS», POIb B OIpefle/IeHNN CrenuduIeckoil CTpyKTypsl 6en-
KOB HPUHAJIEXUT fe30Kcupubonyknennosoit kucnore — JJHK. Monekyna JTHK
HpeJcTaBisieT cOO0 Ype3BbIYAIHO JUIMHHYIO TMHENHYIO CTPYKTYPY, COCTOSIIYIO 13
IOBYX B3a/IMO3aKPYy4YeHHBIX ITOIMMEPHBIX 1jereil. COCTaBHBIMU 3/1eMEHTaMUL — MOHO-
mepamu — STUX IieTleil ABJAITCA 4eThbIpe COpTa [e30KCMPUOOHYKIeOTU OB, Yepe-
IOBaHME WU TIOC/IEeNOBATEIbHOCTD
KOTOPBIX BJJO/Ib IIeNM YHUKa/IbHAA U
crienuduyHa A1 KaXI0 MOIEKYIbI
IOHK n xaxxgoro ee ygactka. Pasmmy-
Hble JJOCTATOYHO JI/IMHHbIE YYaCTKU
Monexkynsl JJHK oTBeTcTBeHHBI 3a
CUHTe3 pa3HbIX 6enKoB. TeM cambIM
ogHa monexkyna JHK moxer ompe-
[eMUTb CUHTe3 OONbLIIOro YMCIa
(YHKIIMOHAIBHO U XMMMUYECKU pas-
JUYHBIX O€TKOB KIeTKM. 3a CHHTe3
KaXXJ0ro OJHOro Tuia OenKoB OT-
BETCTBEH JIMIIb OIIpee/IeHHbI y4a-
crok monexkynel JHK. Takoit yuya-
crok monexkynel IHK, cBAsanHbIl
C CHHTE30M OJHOTO KakKoro-mmbo
6enKka B KJeTKe, 4aCTO 0003HAYAIOT

AmnHo- TEPMUHOM «LUCTPOH». B HacTosAIIEE
KNCJ10Tbl BpeMsA IOHATHE LUCTPOH paccMar-
PUBAOT KaK 3KBMBAJIEHTHOE IIOHA-

LINTOTIASMA TUIO TeH. B yHUKanbHON CTPYKType

Puc. 2.1. Obwasa npuHuMnuManbHas cxema bnocHTesa TeHa — B OIPELEIeHHOM IIOC/e-

benka JOBATE€/IbHOM PacCIO/JIOKEHUN €TI0
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HYK/IEOTH/IOB BIO/b IIeNM — 3aK/I0YeHa BCA MHPOPMaLMA O CTPYKType OJHOTO CO-
OTBETCTBYIOILIErO OenKa.

V3 o61ert cxeMbl 6€IKOBOTO CMHTe3a BUAHO (CM. puc. 2.1), 94TO Hadya/bHBIM ITYHK-
TOM, C KOTOPOTO Ha4MHAETCs MOTOK MHQOpMayy it OuocuHTe3a 6eNKOB B KIIETKe,
asnderca JTHK. Crnegosarenpno, umenno JJHK copepxut Ty nepsu4Hyo 3ammch MH-
dbopmanyu, KoTopas JOKHA COXPAHATHCA Y BOCIIPOM3BOAUTBCA OT K/IETKN K KIIeTKe,
13 IIOKOJICHN I B TIOKOJIEHNE.

KpaTko kacascp Bompoca 0 MecTe XpaHeHNUsA I'eHeTHYecKoll MHpOopMaunm, T.e.
o nokanusanuu JJHK B k7eTke, MOKHO cKasaTh clefiyiouiee. Y>Ke JaBHO M3BECTHO,
4TO, B OT/INYME OT BCEX IMPOYMX KOMIIOHEHTOB 0€lTOKCHHTE3UPYIOLIEro aImapara,
IHK umeer oco6ylo, BecbMa OrPaHMYEHHYIO JIOKAIM3ALMI0: MECTOM ee HaXOxXJie-
HUA B KJIeTKaX BBICIINX (3YKapMOTUYECKUX) OPTaHU3MOB OyIeT KiemouHoe A0po.
Y Husmmx (IpoKapMOTHYECKMX) OPTaHMU3MOB, He MMEIIUX 0(QpOpPM/IEHHOTO KJIe-
TouHOro Axpa, JHK Takke oTMellaHa OT OCTa/IbHONM 4acTy NMPOTOIIA3MbI B BUJE
OIHOTO VI HEeCKONbKVNX KOMIIAKTHBIX HYK/TeOouOHvlx 06pasoBanmit. B monHom co-
OTBETCTBUM C 3TUM A/IPO 3YKapUOT VJIM HYK/I€OW]| IPOKAapMOT U3AaBHA PacCMaTpu-
BaeTCA KaK BMeCTM/INILE TeHOB, KaK YHUKA/IbHbII K/I€TOYHBII OpraHON M, KOHTPOIN-
pyoOIINII peann3anuio HACAeNCTBEHHbIX IPU3HA-
KOB OPraHM3MOB I UX II€pefavdy B IIOKOJIEHUAX. Crapas

OCHOBHOII IPMHIINII, JIEXKAIINI B OCHOBE MAaKpPO- m
MOJeKynApHON cTpyKkTyphl JHK, — aT0 Tak HasbI- \
BaeMblil npuHUuun komnaemenmapuocmu (puc. 2.2).
Kak y>xe ynommnanocs, monexyna JJHK cocrour ns
OBYX B3alIMO3aKPyY€HHBIX lLiemell. ITU Leny CBd-
3aHBI JPYT C APYTOM IOCPEACTBOM B3aMMOAIEICTBIA
UX IPOTUBONEXAMX HyK/1eoTuznos. [Ipu sTom 1o
CTPYKTYPHBIM COOOpPaXeHVAM CYILeCTBOBAaHUE Ta-
KOl IBYT)KHONM CTPYKTYPBI OKa3bIBaeTCs BO3MOXK-
HBIM TOJIBKO B TOM C/Iy4ae, eC/Ii IPOTUBOJIeXAIlye
HYKJIEOTUIBI 00enX ILereit OyayT CTepudecK KOM-
IUVIEMEHTAPHBI, T.e. OYAYT CBOel IPOCTPaHCTBEH-
HOII CTPYKTYPOIl HOIOMHATb APYT Apyra. Takumu
B3aJIMOJ]OTIONTHAIOIMMY — KOMIIJIEMEHTAPHBIMU —
mapamyu  Je30KCOPMOOHYK/IEOTU/IOB  ABJIAIOTCA
napa A-T (agenmH-TuMuH) u napa I'-1I (ryaHun-
LIMTO3MH).

CreoBaTeNIbHO, COIVIACHO 3TOMY IIPUHLUITY
KOMIIJIEMEHTAPHOCTY, €C/IM B OJHONM Lienyu MoJie-
kyne! [JHK MbI MMeeM HeKyI0 OCIEN0BATENbHOCTD
4eTbIpeX COPTOB HYK/IEOTIO0B, TO BO BTOPOII Ljenn
HOCTIeflOBATeIbHOCTb HYK/IeOTUoB OymeT opHO- [ Crapas
3HAYHO [IeTePMMHUPOBAHA, TaK YTO KWKZOMY A Cels
nepBoii Leny GyfeT COOTBETCTBOBATh T BO BTOPOI  pyc, 2.2. Mpuruyn komnnementapHo-
neny, Kaxgomy T mepBoit mem — A BO BTOPONM  cTu 1 cxema pennukauum JHK
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uenu, KaxpoMy I nepsoit nenn — I Bo Bropoit nenu un kaxgomy L nepsoit nenn —
I' Bo BTOpOII LIenn.

BupHO, 4TO YKa3aHHbBIN CTPYKTYPHbIN NPUHLAII, JIEXKAINI B OCHOBE ABY TSXKHOTO
cTpoennsa monekynsl JJHK, mo3BosdeT nerko NOHATbL TOYHOE BOCHpPOU3BefeHNe JIC-
XOJHOV CTPYKTYPHI, T.e. TOYHOE BOCIpOU3BefeHNe MHPOpMaLNy, 3alIMCAHHON B Iie-
IIIX MOJIEKY/IBI B BUJIE€ ONpeNeNIeHHO MOC/Ief0OBaTeIbHOCTY U3 4 COPTOB HYK/IEOTHU-
moB. JericTBUTENbHO, cHTe3 HOBbIX MoeKyn [JHK (permukanys) B KjeTke Ipoucxo-
INT TONbKO Ha 6ase yxe uMetomuxcs Monekyn [THK. IIpu aToM fiBe meny ncxomHoi!
mosnekynbl JJHK HaumHaOT ¢ 0HOTO 13 KOHIIOB PacXOAUTbCA, M Ha KaXXIOM U3 pa-
30IIEeAIINXCS OFHOTSKHBIX YYaCTKOB HAUMHAET COOMPATHCA U3 IPUCYTCTBYIOLINX B
cpenie CBOOOIHBIX HYK/IEOTUIOB BTOPAsI L[ellb B TOYHOM COOTBETCTBUM C IPUHIIUIIOM
KOMILZIEMEHTAapHOCTH.

Pacxoxpenne nByx nemneit JJTHK mpoucxoaut 3a cueT paboTsl crenyuaabHoOro gep-
MeHTa — Xe/IMKasbl. TN MecTa pacxoxpeHus neneit [JHK monyunnn nassanue mo-
uex Hauana pennukayuu. B atom cinyyae 2 pasomenuecs tenu [THK obpasyior eunky
pennuxayuu (puc. 2.3), Toe Ha KOXA0i 13 OTHOTDKHBIX 1eneit [JHK Haunnaet cobu-
paTbCcsA M3 MPUCYTCTBYIOIUX B Cpefie CBOOOIHBIX Ie30KCUPUOOHYKIEOTUIOB BTOpAst
Llellb B ITIOJIHOM COOTBETCTBUM C IPVMHIIMIIOM KOMIIIeMeHTapHoCTH. ITponecc pernnnka-
LMY OCJIOXKHAETCS ellle U TEM, YTO 2 LIeNN B CIMPAIbHON MOJIEKYIIe IOHK saBnsmoTcsa He
TONIbKO KOMIUIEMEHTAPHBIMI, HO U AHMUNApPasnenvHoimMu 10 YepeSOBaHNI0 HYK/Ieo-
TUJOB. DTO OIpeJie/IseT TO, YTO B BUJIKE PeIIMKALMY HapallBaHue JOYepHUX IieTeil
Ha KK/I0J U3 OFHOTSDKHBIX HUTEN MPOUCXOAUT B IPOTUBOIONIOKHbIX HAIIPAB/IEHMAX.
TaKaH CI/ITyaI_U/IH CBA3aHa C TeM, 4YTO CBO6OHHI)I€ ILC?:OKCI/IHYKHeOTI/II[bI MOI‘yT Hapamm—
BaTbCs TOJIBKO € 3’-KOHIIA pacTyiel emnn (cM. puc. 2.3).

IIpouecc pacxoxxzieHnA ABYX Lierodek ncxongHoit monexynsl JHK nmpogomxkaercs, n
COOTBETCTBEHHO 00e 1LieNt JOTOTHAITCS KOMIIEMEHTapHBIMY IlensiMu. B pesynbrare,
KaK BMJTHO Ha CXeMe, BMeCTO OfHOIl BO3HUKAIOT fBe Mosekynbl JHK, B TounoCTN MpieH-
TUYHbIE MICXONHOM. B Kaxkpoit monmyunserica «goyepHeii» Monekyne JJHK onHa menb,
KaK BUJIHO, LJe/IMKOM ITPOMCXONUT OT MICXOJHOM, a ApyTas AB/AETCA 3aHOBO CUMHTE3N-
PpOBaHHOIL.

Puc. 2.3. B BunKe pennmkauum cHTe3 HOBbIX KOMIJIEMEHTaPHbIX Lieneit AeT B NPOTBOMNONOXHOM Hanpas-
neHnn. Ha ogHom 3 Lenei (nuanpytoweil) cuHTe3 AET HenpepbiBHO (a), @ Ha Apyron (oTcTatoLwen) Lenb
[OHK cuHTe3mpyeTca B Bue HeGONbLLMX KOMIOHEHTOB (6), KOTOpPble 3aTeEM COEAVHAIOTCA APYT C PYroM



[naea 2. LleHmpanbHas 0oema kaemoyHol buonoeuu

27

[maBHOe, 4TO elrle pa3 HeOOXOAMMO MOAYEPKHYTh, 9TO TO, YTO MOTEHI[Ma/IbHAS CIIO-
COOHOCTb K TOYHOMY BOCIPOM3BEJECHUIO 3a/I0KEeHA B CAMONl ABYTSDKHO KOMIUIEMEH-
tapHOil cTpyKType JJHK Kak TakoBOif, ¥ OTKpBITHE ITOr0, 6€3yC/IOBHO, COCTABIIACT
OJIHO M3 TJIABHBIX JOCTIDKEHUIT OMOIOTUIL.

Opnako mpo6nema Bocnponssenenus (pepymwmmkanuy) JHK He mcyepnbiBaeTcs
KOHCTATallMell MOTEeHIMANIbHOI CIIOCOOHOCTU ee CTPYKTYPbl K TOYHOMY BOCIIPOMS3-
BEIEHMIO CBOEV HYK/ICOTU/IHOI IocnenoBaTenbHOCTI. [leno B ToM, yto JHK cama mo
cebe BOBCe He ABJIACTCA CAMOBOCIPOU3BOJAIIEI MOTIEKY/ION. [/ oCyIecTBIeHN IPO-
recca cuHte3a — Bocnpoussenenns [JHK mo onmcanHoit Beiliie cxeme Heob6xoquma fie-
SITENIBHOCTD CIIeNaIbHOTO (hepMEHTATUBHOIO KOMITEKCa, Hocsero HasBanue JJHK-
Ho/mIMepaspl. VIMEHHO 3TOT ()epMEeHT OCYIIEeCTBIIAET IOC/IeNOBATE/IbHO UAYIIUI OT
onHoro koHua mosnekynbl JJHK k apyromy mporuecc pacxoXpeHus ABYX Leleil ¢ ofi-
HOBPEMEHHOII o/IMMepr3alell Ha HUMX CBOOOIHBIX HYK/ICOTHUIOB 110 KOMIUIEMEHTap-
HoMy npuHimiry. Takum o6pasom, JHK, mogo6Ho MaTpuie, MUIIb 3aaeT MOPS/IOK pac-
HOJIOKEHMA HYK/IeOTU/IOB B CUHTE3VPYIOLMXCA LIETIAX, a CaM IpoLiecc BefleT OeroK.

JHK-nonuMepasa kak Obl aKTUBHO II0/I3€T BROJb ABYTsDKHONM Monekynsl JHK ot
OJIHOTO ee KOHIIA K APYTOMY, OCTaBJIAs 0331 ce0s pasfBOEHHBIN pedyIIIMLINPOBaH-
HBIII «XBOCT».

Onnako JTHK n oTenbHble ee GyHKIMOHATbHBIE Y9aCTKM, HECYIyie MHOPMAIIVIO O
CTPYKType 0eIKOB, caMJ1 HETTIOCPEACTBEHHOTO YYacTys B IIPoliecce CO3/jaHMs OeTKOBBIX
MOJIEKY/l He IIPMHMMAIOT. [lepBbIM 9TaloM Ha Iy TH K peanusanuy 3Toi nHpopMaunuy,
sanucanHoll B Hersax [JHK, ABisgercsa Tak HasblBaeMblil IPOLECC MPAHCKPUNUUU, VI
nepenucvieanus. B stom nponecce Ha iienn JIHK, xak Ha MaTpuile, TpOMCXOANUT CUHTE3
XUMIYeCKI POACTBEHHOTO omiMepa — pubonykienHosoit kucnotsl (PHK). Monekyna
PHK mpencrasser co60it ofHY IieIb, MOHOMEPAaMI KOTOPOIL SIB/IAIOTCA YeThIpe COPTa
PUOOHYK/IEOTUIOB, KOTOPbIE PACCMATPUBAIOTCS KaK HeOO/bIIast MOAUPHUKALINS YeThI-
pex coproB fesokcupubdonykneornnos JJHK. I[TocnenoBarenbHOCTD pacionoXXeHus de-
TBIPEX COPTOB PUOOHYK/IEOTU0B B 0Opasytomerica e PHK B TouHOCTN TOBTOpSIET
HOCTIeJOBATeIbHOCTD PACIIONOXEHNS COOTBETCTBYIOUIMX JIe30KCUPUOOHYKIEOTU/I0B
opHoit n3 aByx uenett [JHK. Takum nyTeM HyKIeoTHUAHAs MOCTENOBAaTEIbHOCTD T€HOB
konupyercs B Busie Mornekyn PHK, T.e. uHpopMarus, 3anucanHas B CTpyKType JaHHOTO
reHa, menmkoM nepenycbiBaercss Ha PHK. C kaxioro rena MoxxeT CHMMATbCs 60JIbIIOE,
TeopeTUIecKy HeOTpaHNIEHHOE KOIMYEeCTBO TaKNX «Kommii» — Monexyn PHK. 9tu mo-
JIEKYJIBI, IepeNuCcaHHble BO MHOTUX 3K3eMIULAPAX KaK «KOIUI» T€HOB U CTAJIO OBITh He-
Cylue Ty >Ke MH(OPMAILNIO, YTO ¥ TeHbI, PACXOAATCS HO KaeTke. OHU y)Ke Hermocpes-
CTBEHHO BXOJIAT B CBA3b C 0€/IOKCHHTE3VPYIOMIVMY YaCTUIIAMI K/I€TKY M IPUHUMAIOT
«IMYHOE» YYacTHe B IIPOIleccax CO3JaHusA OeNKOBBIX MOIEKY/L. JJpyrumu clioBamMu, OHI
HepeHOCAT MH(OPMALMIO OT MeCTa, I7ie OHA XPaHUTCA, B MecTa ee peanusanyn. CooT-
BercTBeHHO 3TN PHK 0603HavatoT kak nHpopmanmonHsle wa Matrpuanbsie PHK, co-
kpamenno MPHK (ynn nPHK).

Beisicueno, uto nens nupopmanonnornt PHK cuHTe3upyertcs, npsMo MCIONb3ys
cootBeTcTBYIOIMIT yuyacTok JJHK B xauecTBe MaTpuubl. Cunresupyemas nenb MPHK
IIpY 3TOM TOYHO KONMPYET IO CBOEN HYKJIEOTUIHOI MOC/Iel0BaTeIbHOCTY ONHY U3
neyx nernett [JHK (mpuunmas, uro ypanuny (Y) B PHK cooTBeTcTBYeT ero mponsBogHoe
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aw’ Y Puc. 2.4. KomnnemeHTapHbiin cuHte3 PHK
(2) Ha ogHoM 13 uenen AHK (3):

1 — PHK-nonumepasa

Tarreyr’

tumyH (T) B JHK). 9To nmponcxopgnt Ha 0CHOBe TOTO K€ CTPYKTYPHOTO IPUHINIIA
KOMIIIEMEHTAapPHOCTH, KOTOPbI onpepenser pegymkanyio JHK (puc. 2.4). Oka3za-
710Ch, uTO Korja nmpoucxoaut cuHTe3 MPHK na [JHK B k1eTKe, TO B KauecTBe MaTpPUIIbI
ms obpasosanus ueny MPHK ncnonbsyercs nmumb opna uens JHK. Torpa xaxgomy
I' sroit nenn [JTHK 6yzmer coorBercTBOBaTh 1] B cTposamerica nenu PHK, xaxmomy 1]
nenu JHK — T B nenn PHK, xaxxgomy T nenu ITHK — A B nenu PHK u xaxxgomy A
nermn JHK — V B nenu PHK. B nrore nonyyaromasca nenb PHK 6YJ_ICT CTPOTO KOM-
njieMeHTapHa K MatpuuHoil nenu JHK u, ciegosBaTenbHO, MAEHTUYHAA IO TOCIENO-
BaTenbHOCTH HyKmeotusoB (npuuumas T = V) Bropoit nenn JHK. Takum obpaszom
HpOUCXOauT «IepemnucbiBanne» nHpopmauyn ¢ JHK na PHK, r.e. Tpanckpumnums
(cm. puc. 2.4). «Ilepenmcannblie» coderanus Hykneotunos nenu PHK yxe Hemocpen-
CTBEHHO OIPENIENAIT PACCTAHOBKY COOTBETCTBYIOIINX, KOOVPYEMbIX MMM aMUHOKIC-
JIOT B Lenu Oeska.

3nech, Kak 1 npu paccMoTpennu pepymnukanuu JHK, B kadecTBe ofHOrO 13 Hau-
6os1ee cylecTBEHHBIX MOMEHTOB IIpoliecca TPAaHCKPUIIIVY HeO0OXOAIMO YKa3aTh Ha eTo
¢depmenTaruBHbI xapakrep. [JHK, ABnAromancsa MaTpuleil B 3TOM IIpolecce, Le-
KOM oOIlpefiesiAeT pacloioykeHue HyKIeoTURoB B cuHTesupyomelica nenyu MPHK, Bcio
criennuyHocTh 06pasyemoit PHK, Ho cam xop mpoliecca oCyIliecTBIAETCA 0COOBIM
6enkom — epmenTom. Itot ¢pepmenT HasbiBaeTcss PHK-nonumepasoii. Ero Mmonekya
VIMEET CJIOKHYIO OPTraHM3aLNIO, I03BOJIAOIIYIO €My aKTMBHO IIPOZIBUTATbCA BJJONIb MO-
nexynol JHK, ogHOBpeMenHoO cuHTe3upyd nenouky PHK, koMmieMeHTapHYIO K OffHOI!
n3 yeneit JHK. Monexyna THK, cry>kaias MaTpuiei, Ipu 3TOM He pacXofyeTcs U He
U3MEHAeTCA, COXPAHAACH B IPEXKHEM BIJe U OyIydy BCerzia TOTOBA /IS TAKOTO IIepel-
CBIBAHM C Hee HeorpaHMyeHHoro Konmdectsa «konmit» — MPHK. ITotox atnx MPHK
ot THK k prb6ocomaMm 1 COCTaB/SAET TOT MMOTOK MHPOPMAIINN, KOTOPHIiT 06ecrieynBaeT
IIPOrpaMMMPOBaHye OeTTOKCUHTE3VMPYIOIIETo alIapara KJIeTKH, BCell COBOKYITHOCTY €€
pubocom.

TakuM 06pa3oM, pacCMOTpeHHasi 4acTb CXeMbl ONMCHIBAeT NMOTOK MHbopManny,
unymmit or JHK B Buge monexyn MPHK k BHYTpMK/IeTOUHBIM YacTUI[AM, CUHTE3UPYIO-
muM 6enkn. Terepb MbI 06paTHMCcA K HOTOKY MHOTO POfia — K IIOTOKY TOTO MaTepuania,
U3 KOTOPOTO J{O/DKEH CO3/1aBaThCsI OEOoK.

OJleMeHTapHBIMY eVHULIAMU — MOHOMepamu — OGe/IKOBOJ MOJIEKY/IBI SIB/ISIOTCS
AMMHOKMCIOTBI, KOTOPbIX uMeeTcst 20 pasnuyHbiX cOpToB. [l cosmanums (CuHTe3a)
6e/1KOBOII MOJIEKY/IBI CBOOOHBIE AMIHOKIIC/IOTBI, IPUCYTCTBYIOIINE B K/IETKE, JO/IKHBI
OBITH BOB/ICYEHBI B COOTBETCTBYIOLINIT IOTOK, IOCT YA B 6€TTOKCHHTE3UPYIOLIYIO
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YacTMIy, M Y>Ke TaM PacCTaB/IeHbl B LIETIOUKY OIpe/ie/IeHHBIM YHUKAIbHBIM 00pa3oM,
nukryeMbIM nHpopmannonHoit PHK. Takoe BoBeyeHe aMMHOKIC/IOT — CTPONUTENb-
HOTO MaTepuasa JjIs CO3[jaHusA Oe/lka — OCYIeCTB/IAETC Yepe3 MPUCOeINHEHIe CBO-
OOHBIX aMMHOKKCIIOT K 0coObIM MoneKynaM PHK orHocuTenbHO He6OMbIIOrO pas-
Mmepa. Otu PHK, cnyxamue mis npucoefuHeHus K HUM CBOOOIHBIX aMUHOKMICIIOT, He
6ynyT nHPOPMALMOHHBIMI, @ HECYT MHYI0 — aIalTOPHYI0 — (YHKIVIO, CMBIC/I KOTO-
poit 6yzeT BujieH fasblile. AMMHOKUCTIOTBI IPYCOEAVHAIOTCA K OJHOMY 13 KOHIIOB He-
6onmpinx nernovek Tpancdepupix PHK (TPHK), mo ogHO aMMHOKIC/IOTe HA OfHY MO-
nexkyny PHK.

[ K10/l aMMHOKMC/IOTHI B K/IETKe CYI[ECTBYIOT CBOM CIeluduIiecKue, Ipycoe-
AVHAIOIINE TOIBKO 3TOT COPT aMMHOKMCIOTHI MO/IeKy bl afanTopHbeix PHK (cM. Tekcr).
B rakom HaBemenHoM Ha PHK Bujie aMMHOKMC/IOTBI 11 IOCTYHAIOT B O€/IOKCHHTE3UPYIO-
I[Yie YaCTUIBI — PUOOCOMBIL

P160coMbl IpeCTaBIAIT COOO0IT YIPTPAMUKPOCKONNYECKIEe OMOXMMMUIECKMe «Ma-
IIMHBI» MOJIEKY/IIPHBIX pa3MepoB, Ifie 13 IMOCTYTAMINX AMIHOKICTIOTHBIX OCTAaTKOB,
COIVIACHO IUIaHY, 3aKIo4eHHOMY B MH(popmannonnoit PHK, cobupatorcs cnenuduye-
ck1e 6enky. X0OTs Ha JaHHOI cxeMe (puc. 2.5) n3006pakeHa MNIIb OHA YaCTHUIIA, KaXKas
KJIeTKa COflep>KUT Thicsian pubocom. KommaectBo prb6ocom orpenesnseT 001y MHTEH-
CMBHOCTD 0€JIKOBOTO CMHTe3a B KJIeTKe. [[aMeTp offHOI pyOOCOMHOI YaCTHUIIBI OKOIO
20 uMm. ITo cBoelt XxMMUYecKoil mpupose pubocoMa — pUOOHYKICONPOTEN: OHA CO-
crout u3 ocoboit pubocomuoit PHK (aro Tperuit nsBectusiii Ham xnacc PHK B mo-
HOJTHeHMe K MH(pOopManoHHbIM U afantopaeiM PHK) 1 Monexkysn ctpykrypHOro pubo-
coMHOTO 6e71ka. BMecTe 3TO coueTaHMe HeCKOMBbKIX AeCATKOB MAKpPOMOJIEKYT 06pasyeT
U/iea/lbHO OPTaHM30BAHHYIO ¥ HAJeKHYIO «MAIIMHY», 00TafaloI[yi0 CBOICTBOM IIPO-
YNTBIBATh NHPOPMALNIO, 3aKmodeHHYIo B et MPHK, 1 peanusosars ee B Buje ToTo-
BOJT 0€/IKOBOTI MOJIEKY/IBI CHIELMPIIECKOTO CTPOESHN.

ITockomnbKy CyIIecTBO ITpoIlecca COCTOUT B TOM, UTO IHeHas paccTaHOBKa 20 copToB
aMMHOKIC/IOT B Lienu 6enKa
OfIHO3HAYHO JeTepPMUHUPY-
eTCsl  PACIONIOKeHMeM de-
TBIPEX COPTOB HYK/ICOTUOB
B LIETIM XVMWUYECK! COBCEM
MHOTO IO/IMMepa — HYKJIeN-
nosoit kucnorsl (MPHK), To
3TOT IPOIECC, IPOMCXO-
pAmmit B pnbocome, IIpH-
HATO 0003HAYaTh TepMI-

HOM «MPAHCAIUUSL», WIN y
AN,
«nepe6od» — TEPeBOf KaK

6b1 ¢ 4-6GykBeHHOro anda- (
BMTA Iemeil HYKJIeMHOBBIX
KUCIOT Ha 20-OyKBEeHHBDII
andaBuUT OeNKOBBIX (HOMNU-
HenTUAHBIX) memeil. Kakx Puc. 2.5. Cxema QyHKLMOHMPYOLLEN pU6OCOMBI
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BUJIHO, B IIpOIlecce TPAaHC/IALMY YY9acTBYIOT Bce Tpu m3BecTHBIX kimacca PHK: nndop-
marnonHas PHK, sasnsrommascsa o6bvekToM Tpancmsauuu, pubocomuas PHK, urparommas
POJIb OpraHm3aTopa 6eNOKCHHTE3UPYIOLLell prOOHYKICOIPOTENHOI YaCTULIBI — PrOO-
combl, 1 aganTopusle PHK, ocyiectssionie GpyHKIMIO TepeBOAYMKa.

[Tporecc cuHTe3a Henka HAYMHAETCS IPU 0OPA30BAHUY COENMHEHIT AaMITHOKUCTIOT
¢ monekynamu agantopubix PHK, min TPHK. Peaknnio MeXxgy aMMHOKUCIOTON U MO-
nexynoit TPHK Befet dpepmenT, 0603Hauaemblit kak amuuoaumn-TPHK-cunTerasa. s
Ka)X10r0 13 20 COPTOB aMUHOKVCIIOT CYIIECTBYIOT CBOM 0COObIe (hepMEHTHI, OCYIIeCT-
B/ISIONVE PeaKIVIO C Y9acTUeM TOIbKO JaHHON aMMHOKMCIOTHL. Takum obpasom, cy-
mecTByeT He MeHee 20 ¢pepmenTos (ammuHoaunn-TPHK-cuHTeTa3a), KaKablil 13 KOTO-
PBIX crieniduyeH Ajisi OFHOTO COPTa aMUHOKMCIOTHI. KaXKiblit 13 9TUX pepMEeHTOB MO-
JKET BeCTY peakumio He ¢ mo6oit Monekynoi TPHK, a mumb ¢ Temn, KOTopble HeCyT
CTPOTO OIpefie/IeHHOe COYeTaHNe HyKJIeOTUAOB B cBoell meny. Takum obpasom, 6ma-
rofiapsi CyILIeCTBOBAaHUIO Habopa CTO/b criennpuuecKux GepMeHTOB, pasINyalolinX,
OJIHOJI CTOPOHBI, IPUPOAY AMUHOKUCIIOTBI U, C APYTOil — HYKJIEOTUIHYIO IIOC/IEl0Ba-
tenbHOCTb TPHK, kaxxb1it 13 20 COPTOB aMMHOKMCIIOT OKA3bIBAETCS «IIPUIMCAHHBIM»
TonbKo onpeneneHHbIM TPHK ¢ jaHHBIM XapaKTepHBIM HYKI€OTHIHBIM COUY€TaHUEM.

CxeMaTn4ecKyt HEKOTOpPble MOMEHTBI IIpoljecca OMOCKHTe3a 6elka, HaCKOIBKO MBI
VX IIPE/ICTABIIAEM HA CETOJHAIIHNIA JeHb, JaHbl Ha puc. 2.5.

31ech IpeXxyie BCero BUIHO, YTo Mojtekyrna nHdopmannonnoit PHK coegunena ¢ pu-
60CcoMOIT 1T, KaK TOBOPAT, prbocoMa «3amporpamMmmupoBata» nadopmanuonnoit PHK.
B KaX7Iblit JAaHHBIT MOMEHT HEIIOCPe[ICTBEHHO B CaMOii pub0ocoMe HaXOJsATCS IUIIb OT-
HOCUTe/IbHO KOpoTKuit oTpe3ok eny MPHK. Ho nMeHHO 3TOT OTpe3ok npu y4acTun
p1O6OCOMBI MOXKET B3aMO/Ie/ICTBOBATD C MojIeKynamu afanTopubix PHK. M 3geck cHoBa
[JIaBHYIO POJIb UTPAET yKe ABX/bI pa3OMpaBIIMIiCs BbIIIe IPUHIVIT KOMIUIEMEHTap-
HOCTH. [lefio B TOM, YTO Ha Kakpoli onpepenenHoit Mmonekyne TPHK ectp y4yacToxk, rae
TPOVKIU-TPUIIETHl HYK/I€OTHOB KOMIIZIEMEHTaPHbI K COOTBETCTBYIOIINM TPUILIETaM
na MPHK. CnegoBaTenbno, kaxgomy tpunnery B nenu MPHK cooTBeTcTBYyeT cTporo
onpepenenHasa TPHK, cBAsaHHasA ¢ COOTBETCTBYIOIIEN aMITHOKVIC/IOTO.

Hanee Ha cxeme (cM. puc. 2.5) BUFHO, YTO B pubOCOMe IOMMMO PacCMOTPEHHOI
ToNbKO uTO MoseKynbl TPHK ¢ HaBeleHHOI aMMHOKICIIOTOM HaXOAUTCA ellle OfHa MO-
nexyna TPHK. Ho, B oTinune ot paccmoTpenHoit Bointe MoneKkynsl TPHK, sTa monekyna
TPHK cBOMM KOHIIOM IpuCOefIHEeHa K KOHILY HaXOJALIelics B mpoljecce CuHTe3a Oer-
KOBOJI (ITONMIIENITH/IHOI) 1IeN0YKM. Takoe MOoXKeHMe OTpaXkaeT JUHAMUKY COOBITHI,
IPOMCXOAAINX B pubOCOMe B IIpOLiecce CHHTe3a 6€KOBOI MOJIEKY/IbL. DTy JUHAMUKY
MO>KHO IIPefICTAaBUTD cebe crenyromum obpasom. HauHeM ¢ HeKOero mpoMexxyTouHOro
MOMEHTA, OTPAKEHHOTO Ha CXeMe M XapaKTePU3YIOLerocs Haau4MeM y>Ke HadaBIIen
CTPOUTHCsE OETKOBOIT [[ETIOYUKY, TTprcoennueHHol K Hett TPHK 1 To/pKo uTO BoIIeie
B pub0ocoMy U cBs3aBILelics ¢ TpuiieToM HoBoit Moyekynbl TPHK ¢ cooTBeTcTBYIOIIElH
el aMyMHOKuCnoTol. Ilo-BupnMomy, caM akT npucoenHeHnA monekynsl TPHK k pacro-
JIO)KeHHOMY B laHHOM MecTe prbocomsl Tpuiutety MPHK npuBopguT k Takoit B3ayMHOI
OpMEHTAl! Y TECHOMY KOHTAKTy MeXJy aMMHOKJCIIOTHBIM OCTaTKOM U CTPOAIeICs
Ienblo 0e/Ka, 4YTO MeXK/Iy HUMY BO3HMKAeT KOBAJIeHTHas CBA3b. CBA3b BO3HUKAET Ta-
KM 00pa3oM, 4TO KOHeI| CTPOSIIENcsi OeNKOBOIL Iiely, Ha CXeMe MPUCOeSHEHHbII
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k TPHK, nmepenocurcsa ot sroit TPHK Ha aMMHOKMC/IOTHBIN OCTaTOK IOCTYIMBLIEN
amyHoauyn-TPHK. B pesynbrare «pasas» TPHK, cbirpas ponb «goHOpa», OKaXkeTcA
cBOOOJHOIL, a Oe/IKOBast 1iellb — MepeOPOIIEHHON Ha «aKIL[eNTOp» — «JIeBYIo» (IOCTY-
nyBiyo) amuHoayi-TPHK, B utore 6ekoBast 1jenb OKaXkKeTCsl YI/IMHEHHO Ha OfHY
aMMHOKICIOTY U IpUcOoeAVHeHHOM K «ieBoii» TPHK. Berep 3a aTum npoucxoput me-
pebpocka «resoit» TPHK BMecTe co cBA3aHHBIM ¢ Helt TpuiuteToM HyKteotusos MPHK
«BIIPABO», TOTA MPEXH:AsA «TOHOpHas» Mosekyna TPHK okakercs BpITeCHEHHOII OT-
clofa 1 yiaet u3 pubocom, Ha ee Mecte nossutcs Hoeas TPHK co cTposmerics menbio
6eska, yUIMHEHHON Ha OffIH aMMHOKVIC/IOTHBIN OCTATOK, a enb MPHK 6yner nponsu-
HyTa OTHOCUTETBbHO pMOOCOMBI Ha OfVH TPUIUIET BIpPaBO. B pesynbraTe mpomBimKe-
Hus nenyt MPHK Ha opus Tpumier BpaBo B pu6ocoMe IOABUTCA CIE YOI BAKaHT-
Hb1l TpuiteT (YY), 1 K HeMy HeMe[JIeHHO 110 KOMIUIEMEHTaPHOMY IPVHLAITY IIPK-
coeguuntcsa coorserctBytomas TPHK ¢ amunokucnoroi (pernnanannn-TPHK). 9to
OIIITh BBI30BET 00OpasoBaHMe KOBAJIEHTHON (IMENTUIHON) CBA3YM MEXJY CTposilerics
Henbio Oenka 1 (eHMIaTaHMHOBBIM OCTaTKOM U BC/IEJ, 33 STUM IIPOJBIDKEHME Leln
MPHK Ha ofguH Tpumier BIpaBo cO BCeMU BBITEKAIOUIVIMI OTCIOfla MTOCTENCTBUAMU U
T.1. TakuM 1yTeM oCyIecTBIsAeTCA OCIEN0BATe/IbHO, TPUIUIET 38 TPUIUIETOM, IIPOTs-
ruBaHue neny nHpopmannonHoit PHK yepes pubocomy, B pesynbrare yero nens n”PHK
«IIPOYUTBIBAETCS» PHOOCOMOII LIETIMKOM, OT Havajla 10 KoH1ja. OHOBPEMEHHO U COTps-
JK€HHO C 3TUM IIPOUCXOAUT MOCIeNOBaTeIbHOE, aMUHOKIC/IOTA 32 aMMHOKICIOTO, Ha-
pamuBaHye 6e1koBoil 1erouky. COOTBETCTBEHHO B PUOOCOMY OffHa 3a APYTOI IOCTY-
narT Monekynsl TPHK ¢ ammnHokucnoramu un Beixogsat monekynsl TPHK 6e3 ammHo-
kucnotr. OKasbIBasCh B pacTBOpe BHe prbocombl, cBobonuble Monekynsl TPHK cHoBa
COeVHAIOTCA C AMUHOKICTIOTaMU U OIIAATb HECYT UX B puOOCOMY, CaMy >Ke, TAKUM 00-
pasoM, LUK/INYHO 06paIasch 6e3 pa3pyLieHns 1 I3SMEeHEHMNs.
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MeTtoabl cOBpeMeHHOU K/1eTOYHOW
6unornn — ynutonorun

IInTonorns BO3HMK/IA KaK BEeTBb MMKPOAHATOMMY, U IIO9TOMY OFHMM 13 OCHOB-
HBIX METOJOB, KOTOPbIl MCIIONB3YIOT IUTOJIOTH, — 3TO METOJ, CBETOBOII MUKPOCKO-
nvn. B HacTosi1Iee BpeMsi 9TOT MeTOJ HAIllesT Lie/Iblil Psij JOIOTHEeH Wit 1 MoAvduKanmii,
YTO 3HAYNUTEIBHO PACIIMPUIO KPYT 3a/ad U BOIPOCOB, pelllaeMbIX LUTOIOruel. PeBo-
JIIOLIVIOHHBIM MOMEHTOM B PasBUTHI COBPEMEHHOIT LMTOMOIMU 1 610ornyu Booobie
OBIIO IIpMMEHEeHNe STeKTPOHHOI MUKPOCKOINM, OTKPBIBILIE) HEOObIYaIHO IINPOKIIe
nepcrektBbl. C BBefleHEeM 37IEKTPOHHOI MUKPOCKOIINI B PsAfie C/Ty4aeB y>Ke TPYAHO
IIPOBECTU TPAHNUIY MEXAY COOCTBEHHO LIMTO/NOTMEN M OMOXMMMeEl, OHU OOBeNuHs-
I0TCSI HAa YPOBHE MaKpOMOJIEKY/ISIPHOTO M3y4eHNsl 00beKTOB (HalpuMep, MUKpOTpy6o-
4eK, MeMOpaH, MUKPO(WIaMeHTOB I T.J1.). Bce ke I/TaBHBIM MeTOAMYECKMM IPUEMOM
B LINTOJIOTMM OCTAETCsl BU3ya/lbHOe HabmoneHre obbekra. [Ipu aTOM mMccnefoBarenb
He IIPOCTO M3y4YaeT M OMMChIBaeT MOP(OIOrnio 0ObeKTa, OH MOXKET BUJIETh CTEINeHb
€ro CJIOKHOCT, JIOKa/IM30BaTh OT/e/IbHBIE IeTa/N, IOTYYUTh CBEEHVS O XMMI3Me TO
VULV IHOV 9aCTY K/IETKM, BU3Ya/IbHO ¥ JOCTaTOYHO TOYHO OLIEHUTD €€ MeTabomnyecKye
CBOJICTBA, BBISICHUTD CTPOEHNE 9TOI YaCTV Ha MaKPOMOJIEKY/IIPHOM YpPOBHe. ITO €0O3-
flaeT cBoeobpasye LUTONOINY KaK HAaYKY, MCIIONb3YIOLell [TTABHBIM 00pa3oM MeTOMBI
U3Y4eHNs] KIeTKI HETIOCPEACTBEHHO [71a30M, BOOPY)KEHHBIM YBETNYNBAIOIIVIMYU OIITH-
qecKMMIU cucTeMamiu. Kpome TOro, B IIMTONOTMM IPUMEHSIOTCSI MHOTOUNMC/IEHHBIE TIPY-
€MBI [IpeNapaTyBHOI 1 aHAJIUTUYECKOI OMOXMMUY, METOAbI OMO(DUSVKIL.

1. CBeTOBaA MMKpockonusa

CBeTOBOJI MMKPOCKOII, [JIABHBII IpubOp 6uomoruy (M LUTOIOTUM B TOM UKCTIE),
IPeCTaB/AT COOOI ONTUYECKYIO CHCTEMY, COCTOSIIYIO U3 KOH/IEHCATOPa, 00beKTBa
U OKYJIsIpa, KOTOPBIIT MCIIONb3YeTCs /It paccMaTpuBanus oobekra. [Tydok cBera OT 1c-
TOYHIKA OCBeleHVsI COOMpaeTCs B KOHEHCATOPe Y HaIlpaB/isgeTcs Ha 00beKT (puc. 3.1).
ITpoitzs yepe3 06beKT, Ty4n CBeTa MOMAJAIOT B CUCTEMY IMH3 OOBEKTIBA; OHU CTPOST
HepBIYHOE U300paXKeHMe, KOTOPOe YBEINYMBACTCA C HOMOIIBIO IMH3 OKy/Apa. [nas-
Has ONTHYeCKas YaCTb MUKPOCKOIIA, OIPe/e/AIONIas ero OCHOBHbIE BO3MOXXHOCTH, —
006beKTUB. B cOBpeMeHHBIX MUKPOCKONAX OOBEKTVBbI CMEHHBIE, YTO MI03BOJIAET U3Y-
YaTh KJIETKY TPV PasHbIX YBeTNYeHNMsX. [JTaBHOI XapaKTepUCTUKON MUKPOCKOMA KaK
ONTUYECKOJ CUCTeMBI ABJIACTCA paspellaouas CIocoOHOCTb. V300paxkeHus, naBae-
Mble 00BEKTVIBOM, MOYKHO YBE/IMYNTD BO MHOTO Pas3, IPUMEHsIsl CU/IbHBII OKYIISAP WL,
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HalnpyuMep, NyTeM IpoeKIuM Ha 9KpaH (o 10° pas). Bol-
YJIC/IEHO, YTO paspelaromas ClIocOOHOCTb 00BEKTUBA, T.€.
MMHJMMAJIbHOE PACCTOAHNME MEX[Y SBYMS TOYKaMM, KOTO-
pble BUJIHBI Pa3fie/bHoO, OyeT paBHa

d=0,61 \/(n sina),

I7ie A\ — J/IHa BOJIHBI CBETA, MCIIONb3YeMOro /IS OCBellle-
HYIS 00'beKTa; 1 — K09 PUIVEHT IPe/IOM/ICHNS CPefibl; ot —
YTOJI MEeX[Y OITUYECKOIT 0ChI0 0ObeKTUBA U Hanboree OT-
K/IOHAIOLIMMCA JIy4OM, NONAJAoNNM B 00bekTuB. Paspe-
HIeHe MIKPOCKOIIa 3aBUCUT OT [/IMTHbI BO/IHbI — Y€M OHa
MeHblIle, TeEM MEHbILIETO pa3Mepa feTaab Mbl MOXKEM YBU-
JIeTh, ! OT HyMepM4IeCKOil aepTypbl 06beKTuBa (n sina) —
4yeM OHa BBIIIE, TeM Bblllle paspemeHne. OObIYHO B CBe-
TOBBIX MMKPOCKOIIaX MCIIONIb3YIOTCA MCTOYHMKU OCBelle-
HIA B BUAVMMOIL o6/acTu crekrpa (400-700 HM), mosTOMy
MaKCMMajIbHOE paspelleHNe MUKPOCKOIIa B 9TOM Ciydae
MoxkeT ObITh He Bbimre 200-350 um (0,2-0,35 mxm). Ecin
UCIIONb30BaTh yabTpaduoneToBolil cBeT (260-280 HM),
TO MO>XHO IIOBBICUTH paspeinenne fo 130-140 um (0,13-
0,14 MKkM). ITO OyHeT IpenenoM TeOPETUYECKOTo paspe-
HIeHUs CBETOBOT'O MUKPOCKOIIA, OIpeJeiieMOro BOJIHO-
BOJI Ipupopoil cBeTa. TakuM 06pa3oM, Bce, YTO MOXKET
IaTb CBETOBOI MUKPOCKOII KaK BCIIOMOTATeIbHBII TPNOOp
K HallleMy I7Ia3y, — 9TO HOBBICUTD Pa3pellaoyio cIroco6-
HOCTb ero npuMepHo B 1000 pa3 (HeBOOpY KeHHBII I71a3 de-
JIOBeKa MMeeT pa3peIIauiyio Cnoco6HOCTb 0komo 0,1 M,
4TO paBHO 100 MKM). DTO I €CTb «IIOTIe3HOE» YBeNINdIeHNe
MMKPOCKOIIa, BbIIIe KOTOPOTO MbI Oy/ieM TONbKO YBeINIM-
BaTb KOHTYPbI M300pakeHNs1, He OTKPBIBAsA B HEM HOBBIX
metaneli. CrnefoBaTeIbHO, IPY MCIOIb30BAHUY BUAVMOI
obmactu cseta 0,2-0,3 MKM —KOHEYHBIII IIpefie/T paspelie-
HNMA CBETOBOTO MMKPOCKOIIA.

Ecrmu xxe Heo6paboTaHHBIE XXVBBIE VIV MEPTBbIE K/IETKI

N306paxkeHne

Puc. 3.1. Xog nyyei n obwasn
KOHCTPYKLMA CBETOBOTO MU-
Kpockona:

] — KOHAEHCOPHasA NKH3a;
2 — 00bekT; 3 — 00beKTMBHaA
NNH33; 4 — oKynap

paccMaTpuBaTh B IMIPOXOJSAIEM CBETe, TO B HUX PasJINMYalOT TOIbKO KPYIIHbIE [eTau
U3-3a TOTO, YTO OHM 00/1a/JaI0T MHBIM K03 GUIMEHTOM MTPETOM/IEHNS U TOT/IOIIeHSI
CBETOBbBIX queﬁ[, YeM OKPY}K&IOHI&H cpena. Bonpinas jxe 4acTh KJIeTOYHBIX KOMIIOHEH -
TOB MaJIO OT/INYAETCS [10 STUM CBOJICTBAM KaK OT Cpefibl (BOJbI M/IM TKaHEBBIX PacTBO-
POB), Tak ¥ APYT OT APYra ¥ [O3TOMY Maj0 3aMeTHBI U He KOHTPACTHbL. [Jist X n3y-
YeHVs IPUXOAUTCS USMEHATb OCBEIEHHOCTD (Tepsisi IIPU 9TOM B YeTKOCTI M300paxe-
HVISI) WM TIPYMEHATH 0c00ble MeTOAbI U pu6opsl. OfMH U3 TAKUX IPUEMOB — METOJ
($a30BO-KOHTPACTHOI MUKPOCKONNH, LIVPOKO VICIIONB3YIOLMIACS /I HaOMIOTeHMIt
3a XyBBIMM KaeTKaMu. OH OCHOBAH Ha TOM, YTO OTHE/IbHBIE YIACTKY IPO3PAvHOIL B
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Puc. 3.2. CpaBHeHune noto-
KOB CBeTa B MpPOCBeYMBalo-
wem (a) n GnyopecLeHTHOM
MuKpockone (6):

1 — 00beKT; 2 — MOTOK CBeTa
B 0ObIYHOM MUKPOCKOMNe; 3 —
NOTOK yNnbTpaduoneToBoro cae-
Ta BO $yOPECLEHTHOM MUKPO-
cKone; 4 — 3epkano uny npu-
3Ma; 5 — noToK dnyopecueHT-
HOro CBeTa, BO36y)K£|eHHOFO B
06bekTe

0611eM K/IeTK! XOTb MaJo, HO BCe YKe OTIMYAKTCS APYT OT pyra IO IVIOTHOCTYU M 1O
cBeTOIpenoMIeHuo. [Ipoxopis yepes HIX, CBET U3MeEHsET CBOIO a3y, OFHAKO TaKOe U3-
MeHeHMe (asbl CBETOBOI BOJIHBI HAIll I7Ia3 He Y/IaB/IMBAET, TaK KaK OH YYBCTBUTEJICH
TOJIBKO K MSBMEHEHNIO THTEHCMBHOCTI CBE€TA. HOCHe}IHHH 3aBVICUT OT BE€/IMYNMHDbI aMII-
JIUTYZBI CBETOBOJT BOTHBIL. B ()a30BO-KOHTPACTHOM MMKPOCKOIIE B 00BEKTUB BMOHTH-
pOBaHa CIelManbHask INIACTIHKA, IIPOXO/iA Yepe3 KOTOPYIO JIyd CBeTa UCIIBITHIBAET J0-
HO/THUTENNbHBIN cABUT ¢as3sl Komebanuit. [Ipu nocTpoeHnn n3obpakeHus: B3auMOgeli-
CTBYIOT yKe JTy4M, HaXoZAIecsa B offHOH (dase 160 B mpoTuBodase, HO 0bIaaroIINe
Pa3HOI aMIUINTYHO1; TeM CaMbIM CO3[jaeTCs CBET/IO-TeMHOEe KOHTPACTHOE M300paxe-
HIle 00'beKTa.

I[Tpy u3ydeHny KMBBIX KJI€TOK M TKaHell IMPOKO MCIIOIb3YIT (GIyopecuupyomye
Kpacutenu u MeTof; pryopecieHTHOI MUKpocKonuu. CyTb ero 3aK/II04aeTcs B TOM,
YTO Lie/Iblil PSJ BEIeCTB 00/ajjaeT CIOCOOHOCTBIO CBeTUTHCS ((prryopecunpoBars, /-
MMHECIMPOBATh) MY HOIJIOLEHNM UMM CBeTOBOI sHepruu. Crektp ¢ryopecueHunn
BCeTfla CMelleH B CTOPOHY OOJBILINX A/IMH BOJH I10 OTHOLIEHMIO K BO3OY>KHaroueMy
dryopecleHINIO U3TyYeHNI0. DTOT MPUHLNUII UCHOIb3yeTCs B (IYOpeCIieHTHON MMU-
KPOCKOIIMI: paccMaTpyuBaHue GayopeclypyolmuX o0beKTOB B 30He KOPOTKUX J/INH
BOJTH. OOBIYHO B TaKVX MMKPOCKOIIAX IIPYMEHAIOTC (QYIIBTPBIL, JAIOIVe OCBeIleHNe B
cuHe-¢uoneToBoit obmacty. CyliecTBYOT yIbTpadoIeTOBble TOMIHECIIEHTHbIE M-
Kpockomsl (puc. 3.2).

Meton ¢nyopeclieHTHOl MUKPOCKOINYM MOXXHO HPUMEHATb, AOOAB/IAS >KUBBIM
KJIeTKaM gryopoxpomot (ryopeciypyonye BeljecTsa). ITOT CIOCOO CXOfieH ¢ BU-
TaJIbHBIM OKpAIJBaHMeM B TOM CMBbICIIe, YTO 3/eCh TAK)Ke UCIO/Ib3YIOT OUYeHb HU3KIIe
KoHIleHTpaunn Kpacurend (1-107*+1-107). MHorue ¢ryopoxpoMbl n36MpaTeIbHO
CBA3BIBAIOTCS C OIPEeNeHHBIMM CTPYKTYPaMM KJI€TKV, BBI3bIBas VX BTOPUYHYIO
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noMuHecleHImo. Tak, Harpumep, ¢payo-
POXpOM aKPUAVHOBBIN OPaHXKEBBIl 13-
OupaTe/IbHO CBA3BIBAETCA C HYKJIEHHO-
BBIMM KMCTOTaMu. [IpudeM, cBA3bIBasACH
B MoHOMepHoi1 popme ¢ [THK, on dnyo-
pecuupyeT 3e/IeHBIM L[BETOM, a B AUMep-
Hoit ¢popme ¢ PHK cBetutcs KpacHbiM
nBeroM. Habmomas 3a >KUBBIMM KIIeT-
KaMJ, OKpAUIeHHBIMU aKPUANHOBBIM
OpaH)XeBBIM, BUJJHO, YTO UX SAIPA UMEIOT
3€JIeHBIT 1IBET CBEYEHMsA, a IIMTOIIa3Ma
Y ANPBIIIKA CBATATCA KPACHBIM I[BETOM.
Tem caMbIM B >KMBOJI K/IeTKe C IOMOLIIBIO
3TOr0 MeTOfla MO>KHO BMJETH JIOKa/IN3a-
1110 (a B HEKOTOPBIX Cy4YasX PacCUUThI-
BaTh KONMMYECTBO) T€X VTN MHBIX XUMMU-
Jyeckux BerecTB. Hampumep ¢ayopox-
pomsr DAPI u Hoechst us6buparensho
7 KOMMYeCTBEHHO cBa3biBaroTcs ¢ JHK.
CymecTByloT QIyopoxpomsl, usbupa-
TE/IbHO CBSI3BIBAIOLNECS C JIMINAAMI,
CIM3bI0, KEPATUHOM U JIp.

B >XuBbBIe K/IETKM MOXHO VIHDBELMPO-
BaThb TaKXe MedeHble (IyOpOXpOMaMu
aHTUTena. Tak, HampyuMep, BBeJeHHbIE
B KJIETKY CBA3aHHBIE C (IyOPOXPOMOM
aHTUTeNa K OeNKy TYOyIMHY COeNVIHS-
I0TCsI ¢ MUKPOTPYOOYKaMM, KOTOpPbIe Te-
Hepb MOXHO HAOJIIONATh B >KUBBIX K/IET-
KaX C IOMOILIbI0 (IYOPeCLeHTHOTO M-
Kpockoma (puc. 3.3).

Meton ¢ryopeciieHTHO! MUKPOCKO-
MM IIVPOKO UCIIONb3YeTCs JJIS JIOKa/IN-
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Puc. 3.3. Cxema metofa MMMyHOdnyopecLeHumMn
(meTog KyHua):

] — VHDbEKUMA aHTUreHa (Hanpumep, TybynuHa) Mbilm;
2 — nosyyeHuie 13 CbIBOPOTKU KPOBMW aHTUTEN K TYOYNHY;
3 — cBA3bIBaHME BbIAENEHHbIX aHTUTEN C GyopOXpOMamu
(Hanpumep, ¢ OUTLL); 4 — obpasoBaHue PpryopecLieHTHOro
KOMMeKca aHTuUreH-aHTuTena; 5 — ¢gubpobnact, Tybynu-
Hbl KOTOPOTO CBA3BIBAIOTCA C MEYEHHBIMM $ITyOpPOXPOMOM
aHTUTENam, BbIAIBNAA TEM CaMblM PaCrMONOXeHNe MUKPO-
Tpybouek

Puc. 3.4. MukpoTpyboukn ¢pnbpobnacta, okpaLleH-
Hble aHTUTenamn K TybynuHy (poto A.B. Byparosa):
MT — MUKPOTPYOOUKYM LIUTOMMA3MbI

3al[Uy B >KMBBIX WM (PUKCMPOBAHHBIX K/IETKAX ¥ TKaHAX CIeLUPUIecKux 6enKoBbIX
MOJIEKy/1. DTOT T.H. Memo0 ummyHodnyopecuenyuu (puc. 3.4).

[IpyHUINII eT0 3aK/TI0YAETCSA B TOM, YTO K AHTUTE/IAaM IPOTUB KaKOro-To Oenka (Ha-
npuMep, TYOyIMHA) XUMWYECKMM IyTeM MPUIINBAIT GIyOPOXPOM, KOTOPBIIl METUT
TO/IBKO OJVIH BBIOpaHHBI 6enoK-aHTHUTeNn0. Ha mpenapaT HAaHOCAT TaKye MedeHHbIe
¢$ryopoxpoMoM aHTHUTeNa, KOTOpble OYAYT CBA3BIBATHCS TONBKO CO CBOMM aHTHUTe-
HOM (B aHHOM crydae ¢ TybynmHom). B dryopeciieHTHOM MUKpOCKOIe 3TH MecTa
CBSI3BIBAHUSA OYJYT XOPOIIO BU/HBI KaK CBeTALINECs 00/1acTy, B KOTOPBIX JIOKA/IN30-
BaH JaHHBI 6en1oK (cM. puc. 3.3). CXOQHYI0 IPOLeAYPY MOXHO IIPOJEIaTh U C SKI-
BBIMU KJIETKaMU, €C/IY C IIOMOIIbI0 MUKPOMAHUITY/ISATOPA MHBENNPOBATh B HUX Me-
JyeHble aHTUTEIA. B 9TOM cTydae B KMBBIX KJIETKaX MOXHO HaO/MIOfaTh He TOMBKO 3a
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JIOKa/IM3aliiell Me4eHOro KOMIIEKCa «aHTUTeH—-aHTUTeI0», HO 1 3a ero IepeMelie-
HIIEM B KJIETKe.

C nomopio GrryopeciieHTHON MUKPOCKOIMM TaK)Ke MOXKHO JIOKQ/IM30BaTh B K/IET-
KaX MOJIEKY/Ibl HYK/IEMHOBBIX KMCIOT WIM MX (ParMeHThL. [I/11 3TOro MCHO/Mb3yeTCA T.H.
MeToz rubpupusanyu Gryopecuupyonx MOIeKyl1 HyKienHoBbix Kucnot- FISH (flu-
orescence in situ hybridization). B atom ciydae Ha kneTkn ¢ feHaTypuposanHon JJTHK
B COCTaBe fAfep WIM XPOMOCOM HAHOCAT MeYeHHble (IyOPOXpOMaMyl OJHOHUTYATbIE
MOJIEKY/Ibl HYK/IEMHOBBIX KVC/IOT, KOTOpbIe B IIPOLIeCCe PEHATypaLuy CBA3BIBAIOTCSA
TONIBKO C KOMIUTeMeHTapHbIMU nocrenoBarenbHocTssMy [JHK Ha mpemapare u takum
00pa3oM 4eTKO BBIIETIAIOT MX cpenn apyrux monekyn JHK B appax.

2. ButanbHoe (npmxnsHeHHoe) M3yyeHue KneTok

CBeTOBOI MUKPOCKOII TI03BOJIAET BUJIETD )KUBbIe KIeTKN. /11 KpaTKOBpeMEeHHOTO
HaO/II0fIeHMsI KJIeTKY IIOMEIAIOT IPOCTO B XKMAKYIO Cpefly Ha IIpeiMeTHOE CTEKIIO; eCIN
HY>KHO JIUTe/IbHOE HaOMIoIeH e 3a KIIeTKaMM, TO MCIIO/Ib3YIOT CIela/ibHble KaMephl.
910 Wy mIocKre GIaKoHbI C OTBEPCTUSMMI, 3aKPBITBIMYU TOHKMMIY CTEK/IAMU, U JKe
pasbopHbIe IOCKUE KaMePBl.

KrneTky KpoBu mmm gpyrue cBO6OHBIE KI€TKY MHOTOK/IETOYHBIX MOXKHO U3y4aTh B
KaIlle I/Ia3Mbl WU B CIIelIaTbHbIX CUHTETUYECKIX CPeflax.

[/ M3y4eHUsI KJIETOK OPraHOB U TKaHel )XMBOTHBIX UCIIONb3YIOT Menoo Kiemou-
HBIX Kynvmyp. Bblpe3aHHBII KycOYeK TKaHM CIerKa o0pabaThiBaloT pacTBOpoM ¢ep-
MEHTa TPUIICMHA UJIU Xe/TaTOHAa — BepCeHa, YTO MPUBOJAUT K €ro AUCCOLMALNY, K MOJT-
HOMY pa3001eHII0 KIeTOK APYT OT Apyra. 3aTeM TaKyio B3BeChb OTMBITBIX K/IE€TOK II0-
MeIAIOT B COCY/, C MUTATEIbHO CPefoll, Iie OHM OITYCKAIOTCS Ha JHO, IPUKPEIUIAI0TCA
K CTEK/Iy ¥ HaUMHAIOT Pa3MHOXXAThbCsA, 00pasys CHavasa KOJIOHNN, a 3aTeM CIUIOLIHOI
KJIeTOYHBII IIAcT. Tak pacTyT OfHOC/IONHBIE KJIeTOYHbIE KY/IbTYpPbl, OUYeHb YAOOHbIE
JUIs IPYDKM3HEHHBIX HaO/rofieHnit. Jlydiie Bcero Ayt MomydeHNst HepBUYHBIX KY/IbTYp
U3 TKaHeil >KUBOTHBIX JMICII0/Ib30BATh 9MOPUOHAIBHBIN MaTepual; KY/IbTYPbl 3 KJIETOK
B3POC/IBIX OPTaHU3MOB PacTyT OYeHb I/IOXO.

IIpy KynbTMBMPOBaHMM KJIE€TOK BHE OpTaHM3Ma KpPOME CMEHBI Cpefibl BaXKHO IOJ-
[lep>KUBaTh 1 HeoOXoauMyto Temreparypy (okono 20 °C 11t X1afHOKPOBHBIX 1 OKOJIO
37 °C pis TerIoKpoBHBIX). O053aTebHBIM yC/IOBMEM KY/IbTUBJMPOBAHNS K/IETOK SIBJIA-
eTcsl cobmofieHne cTepynbHOCTH. CyIecTBYeT LieIbIl PsAf JUINTENbHO KY/IbTUBUpYe-
MBIX K/IETOK; 9TO CIIeIia/IbHble K/IETOYHBIE IITAMMBI, IPUCIIOCOOUBINNECS [IeCSATHUIIE-
TUAMIY K POCTY BHe OpTaHM3Ma. bosbIell 4acThio 3TO K/IETKM OITYXO/IEBOTO IIPOMCXOK-
[eHVsI VI 3HAYMUTEbHO MI3MEHEeHHbIe KJIeTKM, IpUoOpeTIIe CBOICTBA ONyXOJIeBbIX
KJIETOK.

Ceruac MeTOZ Ky/IbTMBMPOBAHNUA KI€TOK BHE OPraHM3Ma IIMPOKO JICIIONb3YIOT He
TOJIBKO JI/IS LIUTOIOTMYECKYX, HO U JJIS1 TeHEeTUYECKIX, BUPYCOIOTMYECKIX 1 OMOXMMIU-
YeCcKUX UCCIIeIOBAaHNIL.

Ha6mromens 3a >XMBBIMM K/IeTKaMy OOBIYHO PeTYCTPUPYIOTCA B Busie poTorpadumit,
CHeTAHHBIX C IIOMOIIBIO CIeIaNTbHbIX (POTOHACA/IOK K MUKpOCKomy. JKuBbIe KIeTKM
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MO>XHO CHUMAaTb ¥ Ha KMHOIUIEHKY. B psAfe cry4yaeB Takasd MMKPOKMHOCHEMKaA JlaeT
O4eHb BaKHYI0 MHPopMaLuio. [IprMeHssa yCKOpeHHYIO NN 3aMefl/IeHHYI0 KNHOCBEMKY
(yeriTpadepHas KMHOCHEMKa), MOYKHO HOPOOHO BU/ETh MPOTEKAaHME TAKUX BAXKHBIX
IPOLIECCOB, KaK Jie/leHNe KIeTOK, (arounTos, TedeHye INUTOIUIa3Mbl, OVieHIe PecHM-
YeK U T.J.

Tenepp ¢ pa3BUTHEM KOMIIBIOTEPHBIX T€XHOJIOTMII C IIOMOIIBIO CHELMANTbHBIX (O-
TOKaMep BO3MOXKHO IOMy4aTb M300pakeHMe KIETOK IPAMO Ha MOHUTOPE KOMIIbIO-
Tepa, 3alMChIBATD VX B MIAMATU KOMIIBIOTEPA, BCAYECKN 00pabaThIBaTh U IOTyYaTh OT-
HeYyaTKM Ha IPUHTepax IIBeTHBIX MIN 4epHO-OenbIX. Tak >ke BO3MOXKHO VICIIO/Ib30BaTh
TaKyI0 KOMIIBIOTEPHYIO BUJCOTEXHUKY AJIA LieiiTpadepHOil CheMKU MOfBIDKHBIX 00b-
€KTOB.

IIpu uccnemoBaHMM >KMBBIX KIETOK MCIIONB3YIOT METOMABI MUKPOXUPyp2uu, olle-
PaTUBHOTO BO3/elicTBYUA Ha KIeTKy. C IMOMOIIbI0 prbopa — MUKPOMAHMUITY/IATOPA
KJIeTK/ paspe3aioT, M3B/IEKAOT M3 HUX YacTU, BBOAAT BellecTBa (MUKPOMHDBEKI[NA)
U T.5. MUKPOMaHUITY/IATOP COBMEIAIOT C 0OBIYHBIM MUKPOCKOIIOM, B KOTOPBII HaO/II0-
JAIOT 32 XOOM ollepauyy. MUKpOXMpPYyprudecKMMU MHCTPYMEHTAMI CITY>KaT CTeK/IAH-
Hble KPIOYKM, ULTIBI, KalIUJULAPDI, KOTOPbIe MIMEIOT MUKPOCKOIMYECK/E pasMephl U 13-
FOTOBJIAIOTCS HA CIEIMaTbHBIX IPUCIIOCOOTIEHNAX — «MUKPOKY3HMIax». [Ipy Mukpo-
MaHUITYIALMAX KIETKY IIOMELJAIOT B CIIela/lbHble KaMEPBI, B KOTOPbIE BBOJAT TAKXKe
MHCTPYMEHTBHI. TaK, C IOMOIIbI0O MUKPOMAHUIYIATOPA MOXKHO IIepecaXBaTh AApa OT
OJJHOJ KJIETKM K JIPYTOIA.

C noMoIpbIo TaKMX MMKPOXMPYPIMYECKMX MHCTPYMEHTOB MOYXHO IIOBOPaulBaTh
B KJIeTKaX MUTOTUYECKIE BEPETEHA, OTTACKMBATh OT/IE/IbHbIE XPOMOCOMBI, BBOGUTD B
XKUBYIO KJIETKY MeueHble aHmumesna VI pasHble OeIKoBble MoeKynbl. Kpome mexa-
HIYECKOTO BO3JEVICTBMA Ha KIETKM B MUKPOXMPYPIMM B IIOC/IEHEE BPeMA IINPOKO
IPUMEHAIOT MUKPOIIYYKY yIbTPaduonIeTOBOrO CBeTa W 1a3epHble MUKPOIYYKIU. ITO
IaeT BO3MOXKHOCTD IPAKTUYeCKM MOMEHTa/IbHO MHAKTUBUPOBATb OT/je/IbHbIE YIaCTKA
KUBOI KIeTK. Tak, MO>XKHO MHAKTVBYPOBATh OJHO 13 AAPBIIIEK U CTIeUTD 3a CYAbOOI
BTOPOTO, MHTAKTHOTO. B 9TOM c/Iy4ae IOKasaHO, 4YTO BTOPOE AMPBIIIKO IPMHMMAET Ha
cebs TOIONHUTENIbHYI0 HarPy3Ky U «paboTaeT 3a ABoMX». C MOMOIbI0 MUKPOITYy4YKOB
yhaeTcsa HOpasuTh YaCTb MUTOTUYECKON XPOMOCOMBI MM Y4aCTOK BepeTeHa Je/IeHM .

IIpy M3y4eHUM XMBBIX KIETOK IBITAIOTCA MX OKPAIIMBATh C MOMOIIbIO TaK Ha3bl-
BaeMbIX BUTA/IbHBIX KpacuTeseil. 9TO KpacUTeN KICIOoi (TPUIIaHOBBI CHMWIA, TATHe-
BbIJi KapMWH) MIM OCHOBHOJ (HeMTpanbHBIl KPACHBIN, METM/IEHOBBI CYHMIT) HPK-
poIIbI, MpUMeHsieMble TIpy oveHb OonmbioM pasBegerun (1:200000), crnemoBaTenbHO,
BIUAHNE KpacUTeNA Ha KIU3HENEeATeIbHOCTh KIeTKM MUHMManbHOe. [Ipu oxpammBsa-
HUM >KUBBIX KJIETOK KPacUTe/Ib COOMPAeTCs B LIMTOIIa3Me B BUJIe TPAHYII, @ B IOBPEX-
[ICHHBIX VI MEPTBBIX KJIETKaX IPOUCXOAUT Auddy3HOe OKpallnBaHMe LNUTOIIA3Mbl
" Agpa.

Bonbuoit Bk/maj B OMONMOTMIO K/IETKM BHOCSAT METOMBl K/IeMOYHOU UHIceHepull.
br110 HalIEHO, YTO pasIMYHbIE XMBbIE KIETKY MOTYT CIMBAaTbCA OPYT C APYTOM, €CIIN
CIlelMaIbHBIMU criocob6aMy 06paboraTh MX IUIasMaTHdecKue MeMOpaHbl. Tak MOXKHO
CIIUTDb SPUTPOLUT KypuIipl ¥ muMount denoseka. [Ipu aTom nonydaercs gBysjepHas
KJIETKa, FeT€POKAPMOH, B KOTOPOM IPOUCXOUT aKTUBALUA Affpa KYPMHOI O 9pUTPOLINTA
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Puc. 3.5. O6pasoBaHme retepokapvona 3 PuC. 3.6. MonyyeHne KapvonnacTos v LUTONNACTOB:

AfepHoro sputpounTa Kypuubl (1) n dubpo- 1 — KNeTKn KynbTypbl, 06paboTaHHble LWTOXanasuHoM; 2 —
6nacTa yenoseka (2): LeHTpUPYrpoBaHe KNeTok; 3 — OTAeNeHne yyacTka LuTo-
nnasmbl ¢ AAPOM (KapyomnacT), OCTaBLMIACA y4acTOK — LUTO-
nnact; 4 — PEKOHCTPYKLNA KNETOK U3 PasHOPOAHbIX Kapuonia-
CTOB M LWUTOMIACTOB. CTpeJ'IKVI YKa3blBakT Hanpas/ieHNe LeHT-
POBEXHDBIX CUN

a — [iBe pasfesibHble KNeTKM; 6 — CanaHne ux
nnaa3sMaTMyeckux membpaH u obbefyHeHNe Kine-
TOYHOrO COAEPXMMOTO; 8, @ — 3Tarbl aKTMUBaLMM
AfQpa apuTpoLnTa

(puc. 3.5). Ecnu retepokapnon o6pasyeTcsi 13 61M3KOPOACTBEHHBIX K/IETOK (HaIpumep,
MBIV Y XOMSYKY), TO IPY BCTYIJIEHUY YIX B MUTO3 XPOMOCOMBI MOTYT OO'beITHUTHCS
B OfiHy MeTadasHyIo IacTUHKY. [Tocsie paspeneHns TaKkoi KJIeTKM OTyYUTCSA UCTUHHO
rnbpuaHad KneTka. [Ipyrie mpueMsl MO3BOAIOT KOHCTPYMPOBATh KJIETKM 13 PAa3HbBIX
10 MPOMCXOXKIEHNUIO sifiep ¥ LMUTOIIasMbl (puc. 3.6). Tak, paspyIunB aKTHHOBBII KOM-
IIOHEHT LIUTOCKe/IeTa U MOABEPTHYB KJIeTKM LeHTpU(YTMPOBAHUIO MOXKHO KJIETKY pa3-
Ie/INTDb Ha [IBE YaCTI: AAPO C Y3KUM 00OIKOM IIUTOIIa3Mbl — KapMOIUIACT 1 HAa OCTaB-
IIYIOCSA YacTh IUTOIIA3Mbl — LIMTOIUIACT. 3aTeM, MCIIONIb3ys pasHble KapMOIIACTHI 1
LOUTOIIACThI, MOXHO CO3[JaBaTb pa3HbIe KOM6I/IHaIlI/H/I PEKOHCTPYMPOBAaHHDBIX KJIETOK.

Metopbl KJIETOYHON VHXKEHepUM IIMPOKO IPUMEHSAIOT He TOJNBKO B 9KCIIEPUMEH-
Ta/IbHON OMOIOrNM, HO U B OMOTEXHONMOIMYeCcKUX Henax. Hanpumep, mpn nomydeHnn
MOHOK/IOHA/IbHBIX aHTUTEJI MCIIOIb3YIOT KIeTOYHbIe IMOPMUAbI MeXAY MuMQOnnTaMu
VIMMYHJ3VPOBAHHBIX >KUBOTHBIX ¥ MHTEHCUBHO Pa3MHOXAIOIVMICS KIeTKaMU Mue-
noMsl. [TorydeHHBIe TepBUYHbIE AVKAPMOHBI 00Pa3yIOT MCTMHHbIE ITMOPUIHBIC KIIeTKI,
KOTOpbIe NHTEHCUBHO PAa3MHOYAIOTCA 3a CYET F€HOMa OITyXOJIeBbIX MIETOMHBIX KIle-
TOK, ¥ OJIHOBPEMEHHO BBIIEJIAIOT OOJIbIIOE KOMMYECTBO aHTUTEN, 3a CUeT paboTHI re-
HOMa MMMYHM3VPOBAaHHBIX TMMQOILUTOB. DTOT IIpMeM I03BO/IAET MOTyYaTh OO/IbIIOe
YIJC/I0 TMOPUIOMHBIX KJIETOK, BBIPAOaThIBAIOIIMX OO/IbIINE KOIMYeCTBA He0 OXOAIMbIX
aHTUTEL
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3. i3yyeHne GpnKCcMpoBaHHbIX KNETOK

HecMoTpst Ha BaKHOCTD 1 IOCTATOYHYIO IIPOCTOTY BUTA/IBHBIX HAO/MIONEHMIL, 60/Ib-
IIasi YacTh CBEJEHNUI O CTPYKTYpe ¥ CBOJCTBAX K/IETOK II0/Ty4eHa Ha (PUKCHPOBAHHOM
Mmarepuase. Ecnu KeTKy OBpeanTh, OHA HAYMHAET IpeTepIeBaTh psijj M3MEHEHMIT, a
HOCTIe CMEPTY KJIETKY B Hell aKTUBYPYIOTCA aBTONMUTIYECKIe PePMEHTDI, YTO IPUBOANUT
K TpyOBIM M3MEHEHVAM KIeTOYHON CTPYKTypbl. CllefloBaTe/IbHO, 3ajaun pUKcanum —
3TO YOUTH KJIETKY, IPEKPaTUTh aKTMBHOCTb BHYTPUK/IETOYHBIX (PEPMEHTOB, NPENOT-
BPaTUTh pacraji KI€TOYHBIX KOMIIOHEHTOB, a TaK)Ke N30eXaTh IOTepy CTPYKTYp I Be-
I[eCTB, IPENATCTBOBATD MOSAB/ICHUIO CTPYKTYP, OTCYTCTBYIOIUX B XXIBOII KIeTKe (ap-
tedpakTHbIE CTPYKTYpHI). K coxxaneHnto, elije He HalifjeH TaKOl XMMUIECKIiT PUKcATOp,
KOTOPBIiT OBI YJOBIETBOPSI/ BCeM 3TUM TPeOOBAHMUAM.

YacTo /11 pUKCcaluy UCTIONb3YIOT aIbJETU/IbI M X CMECH C APYTUMM BellleCTBAMN.
B kadecTBe MKCATOPOB MPUMEHSIOT TaKXKe CIIMPTHI, BBI3bIBAIOIINE HEOOPATUMYIO fie-
HaTypanuo 0eJIKOB, OCaX/eHNe HYKIEMHOBBIX KUCIOT U mojcaxapugoB. Ocaxpao-
UM JIe/ICTBMEM 00/1afjaloT TaKXKe Cy/eMOBble (PMKCATOPBI ¥ (HUKCATOPBI C MUKPUHO-
Boit Kucmorort. ukcaTopsl, cofepraniye derbipexokuch ocmus (OsO,), xoporo co-
XPaHSIOT TATIU/IBL.

[Tocne ¢ukcanyy 06beKTH B fa/TbHEIIeM MOXKHO IIOBEPraTh JOIOTHUTENTbHON
obpaborke. OgHOI U3 IMABHBIX TaKMX 0OPaOOTOK SIB/SIETCS OKpallMBaHME KIETOK.
VIMeHHO JJOIIO/THUTENbHOE OKpAIIMBaHMe KJIeTOK IT03BOJIV/IO BBISIBUTD B HUX MAcCy fie-
TaJIe.

Creksia ¢ pUKCHMPOBAaHHBIMYU Ma3KaMy OJHOK/IE TOYHBIX OPTaHVM3MOB M/ C KJIIeTKaMMI
KY/IBTYPBI TKAHU MOXXHO HEIIOCPECTBEHHO MoMelath B Kpacurtenu. Ho mist okpanin-
BaHMsA K/IETOK B COCTaBe OPTaHOB HEOOXOAMMO HMOMYYNTb UX Cpe3bl. VI3ydaroT Takue
Cpesbl 1 OT/IeTbHBIX K/IeTOK.

[l1s1 9TOro Mocte huKCaM KYCOYKY OPTaHOB 00€3BOXKMBAIOT B CIIMPTAX BO3PACTAI0-
I[eil KOHI[EHTPALM, CIIMPT 3aMeIaloT KCUIONOM, a KCUION — IapaduHOM WK ApY-
TUM 3a/IMBOYHBIM MarepuanoM. Takum 06pasoM, puKCHpOBaHHAs TKaHb, MUHYS BBICY-
IIVBaHJe Ha BO3JyXe, OKa3bIBaeTCs 3aK/TI0UEHHOII B TBEPAYI0 MacCy napaduHa, KOTo-
PYI0 MO>KHO Hapesarb.

Cpe3sbl TOMIMHOI 10 5-10 MKM MOTY4YaloT Ha CIIeNMaTbHOM Ipubope — MUKpO-
toMe. Takue cpes3bl MPUK/IENBAIOT HAa IPEIMETHOE CTEK/IO: apadyuH pacTBOPSIETCS B
KCWJIOJe, KCUJIOT YAQ/IAETCs CIMPTaMy, KOTOpble 3aMelIaloTcsl BORoil. Tereppb cpesbl
MO>KHO OKpAIIMBaTh BOAHBIMIU PacTBOPaMU Kpacutereil. ]/ MSTOTOB/IEHNUS TIOCTOSH-
HBIX IIPeIapaToOB OKpallleHHbIE CPe3bl CHOBA 00€3BOXKMBAIOTCS 1 3a/IMBAIOTCA B KaHA[-
CKMIt 6a/Ib3aM I10J] HOKPOBHBIM CTEK/IOM, 9TY IPerapaThl MOXKHO [INTEIbHO XPAaHUTb.

[II1pOKO MCIIONB3YeTCsT METOJ, IIPUTOTOBJIEHVSI CPE30B HA 3aMOPAXKMBAIOIIEM MUK-
poToMe 6e3 mpenBapuTenbHOI Qukcanuyu u 06padbotku. Takoil MeTOf MO3BOMISAET CO-
XPaHATb AKTUBHOCTh (DEPMEHTOB [Isl [a/IbHENIIEr0 BBISABIEHMS UX TUCTOXMMIUYeE-
CKVIMJ METOIaMU WIK J/Is TIPYIMEHEHVS] UMMYHOXMMIYECKUX CII0OCOOO0B Opefie/ieHus
PasnMYHBIX OETKOB.

[lns okpackym (UKCHPOBAHHBIX TKaHel M K/IETOK IPMMEHSIOT pas3/inMYHble Ha-
Typa/lbHble U IJIaBHBIM 00pa3oM CHMHTeTH4ecKue Kpacutenu. CHHTeTHMYecKue
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KpacuTeNu IOApasfe/sioT Ha KMUC/Ible ¥ OCHOBHBble. OCHOBHBIE KPAacKM IPeNCTaB-
JISIOT COOO0I COMM KpacAIMX OCHOBAHUI, COfieprKalllie B COCTaBe aMUHOTPYIIIIbI, KO-
TOpBIE U ONPeNe/NA0T UX LIeIOYHOCTD. Takue KpacuTenn 06pa3yroT ConeBble CBA3M C
KUC/IOTHBIMY TPYIIIIaMU B CTPYKTypax KineTku. CefoBaTeNbHO, y4acTKU KJIETOK, 60-
raTble KMC/IOTHBIMM I'PYIIIIaMU, CBSDKYTCS C OCHOBHBIMY KPacUTeIAMY, OYAY T, KaK MX
Ha3bIBaIoT, 6a30(mabHBIMU. CTPYKTYPBHI KJIETOK C OCHOBHBIMM (II€/TOYHBIMM) CBOI-
CTBAMM CBA3BIBAIOTCSA C KMC/IOTHBIMU KPAaCUTE/ISAIMY U Ha3bIBAIOTCA alMJ0- MJIN OK-
CUQPUIBHBIMHA.

Psj KpacOYHBIX IPMEMOB, HAIIPaB/ICHHBIX Ha BBIABJICHNUE CIEIVPIYIECKUX XMMUYe-
CKIMX BeIleCTB, TIOTyYN/I Ha3BaHVe 2UCOXUMUHECKUX VI yumoxumureckux. MeTonos
LUTOXMMWUYECKOTO aHa/IM3a O4YeHb MHOTO.

CyurecTByeT menblil pay cnenuduyeckux KpacOYHbIX IMPUEMOB, IIPSAMO BbIABIIAIO-
IUX Te VIV VIHbIe BellecTBa. ITO COOCTBEHHO IMCTOXMMMIYECKUe (LIUTOXMMUIeCKIe)
peakuyy. OCHOBHbIe Tpe6OBaHNSA, IPEAbABIIAEMbIE K TAKOTO POJa PeaKLUAM, CIIefyIo-
mye: CrenyUYHOCTb CBA3BIBAHMA KPAaCUTENIA, HEM3MEHHOCTDb JIOKa/IM3alMy Bellle-
CTBa.

[IpuMepoM TAaKoro popa UUTOXMMUYECKUX PeaKIil MOKeT OBITh LIMPOKO IpyMe-
Hsemas peakuys Ha JJHK, peaxunsa ®énprena. CyTb ee B TOM, 4TO IIOCTIe Crennu-
4eCKOro KVC/IOTHOTO ruapormsa Tonbko Ha [JHK B pesynbrare oTiennieHns mypuHoB
Ha Jle30Kcupubo3e 00pa3ylTCsa aabJerVHble IPYIIbL. DTU TPYIIIBI MOTYT B3aMMO-
JIeliCTBOBATH CO criennpuriecKuM MHAUKaTopoM, peaktuBoM lIndda (obecuBedennoe
ocHOBaHue (PYKCMHA), faBas KpacHOe OKpaluuBaHue B MecTax nokammsanyu JHK. Ces-
3bIBaHVe KPACUTeNA B 9TOM CTy4ae CTPOTo KOMMYEeCTBEHHOE, YTO II03BOJIAET He TOIBKO
0OHapY>XNTb 1 yKa3aTbh MecTa, e ectb JJTHK, Ho 1 nsmepnts ee kommuectso. Vcnons-
3y 9TOT >Ke IIPVHIVII BBIAB/ICHNA a/lb/IeTYAHBIX IPYIII, MOXKHO B KJIETKaX BUJIETb Pac-
HOJIO>KeHMe TO/IVICAXapUIOB MOCTIe TUAPOIN3a X NIePUOSHOI KICIOTON (Tak Ha3blBae-
mas PAS-peakius).

Taxoke criennuyeckyt MOXKHO OIIPefe/INTh IOKAIM3ALNI0 O€/TKOB PeaKIVAMI Ha OT-
JieTIbHbIe aMUHOKICIIOTHI (TUPO3UH, TPUNTO(AH, ApTYHUH U fIp.). JIMINABL ¥ XKMPBI 06-
HapY>KIBAKOT B KJIETKaX CIIelMaJbHbIMU KpacUTeAMMU (CylaH YepHBIil), XOPOILIO pac-
TBOPSIOLIVIMUCS Y aKKYMY/IMPYIOLIVMUCS B )KUPOBBIX BK/TIOUEHMUSAX.

Llenas rpynma UMTOXMMMYECKUX PeakIuil CBsA3aHa ¢ OOHapy>KeHUeM (epMEHTOB.
OO1mit MIPUHIINII 3TUX PeaKIMil B TOM, 4YTO B MUKPOCKOII BUJIHBI He CaMyl OeIKOBbIe
bepMeHTBI, a MecTa UX JIOKaIM3aLVM, KOTOpble OOHAPY>KMBAKOTCA 110 IPOAYKTaM UX
crienduyeckoit pepMeHTaTUBHOI akTUBHOCTY. Hanpumep, pocdarassr o6Hapyx mBa-
I0TCS IO OT/IO>KEHMAM KOHEYHOTO IIPOAIYKTa peaKny — Cyabdara CBIHIA; ITMAPOIa3hl
BBIAB/IAIOTCS 110 KOHEYHOMY IIPOAYKTY MX PeaKIUI C COJLIMMU TeTPa3oIvis, KOTOpbIe 00-
Pa3yIoT OKpalleHHbIN 0cafjoK popMasaHa, I T.IL

KonnyecTBO KOHEYHOTO MPOAYKTA IMTOXMMIYECKOI PeaKLUy MO>KHO OIIpeNe/nTh
C TIOMOIIBI0 Memooa uumogdomomempuu. OCHOBY €rO COCTAB/IAET OIpefe/eHne Ko-
JIMYeCcTBa XMMUYECKVUX BEIECTB 110 IIOITIOLICHNIO VIMU CBeTa OIpeNe/IeHHOI MIJIMHBI
BOJIHBI, MOXKHO Y3HaTh €r0 KO/INYeCTBO.

Ha xmeTkax u cpe3ax pas3IMYHBIX TKaHel IIOC/Ie COOTBETCTBYNOIIUX METOHOB
buKcauy MMPOKO NPUMEHAIT MUMMYHOXMMUYECKUe PeaKLUy C UCIOIb30BaHeM
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cnequpuyecknx  ayopec-
LUPYOLMX aHTUTET KaK Ha
bryopeceHTHBIX, TaK 1 Ha
KOH(OKa/IbHBIX MMKPOCKO-
max (CM. BBIIIE).

[l BbIACHEHMs JIOKajIM-
3alMM MeCT CUHTe3a OMoIo-
JIMMEPOB, Ui OIpefe/leHNns
ImyTell IIepeHoca BelleCTB
B KJIeTKe, I HaOIOfeHVs
3a MuUIpaunuell WIX CBOJl-
CTBaMI OTOEAbHBIX KJIETOK
IIVPOKO VICHO/NB3YIOT Metmoo
paouoasmozpapuu — pe-
TUCTPAllMM BEIeCTB, MeYeH-

Puc. 3.7. Cxema meTopaa pagnoasTorpadum:
1 — BBeAeHMe meueHoro *H-TumnguHa; 2 — BkntoueHue ero B [HK agpa;
3 — KneTka MOKpbITa ¢OTO3MyJ‘|bCI/|e|7I, rpaHynbl KOTOpOm 3acBeynBaloTca
HbIX m3oTomamu  (puc. 3.7). B-uacTuamu; 4 — rpaHynbl cepebpa Haj MecTamy PacronoXeHUs U30Tona
[Ipn pagmoaBTorpaduye- B KieTke; 5 — T0 e, Buf CBEpXy
CKOM UCCIIeNOBAaHNUN KIeTKaM
VI KVBOTHBIM BBOJUTCS NPENIIeCTBEHHNMK OHOTO VI3 MaKPOMOJIEKY/ISIPHBIX COeH-
HeHUl1 (HalpuMep, aMMHOKIC/IOTA WIM HYK/IeOTH/), OAVIH U3 aTOMOB KOTOPOTO 3aMe-
IIeH pagroakTUBHBIM m3otonoM. Hampumep, BMecto *C BBefeH aTtoM “C, BMecTO BO-
nopoma — Tputuit *H u ap. B mporiiecce cuHTe3a B 6momonuMep BKIYNUTCS U MedeHast
MOJIEKy/Ia [IpefLUIeCTBEHHIKA. PerncTpupoBarh ee MeCTo B KJIeTKe MOXKHO C IIOMOIIbIO
¢doroamynbcun. Ecnm k1eTKu B IJIacTe MM Ha Cpe3e IOKPBITh POTOIMY/IbCHEN, TO de-
pes HeKOTOpoe BpeMs B pe3y/IbTarTe paclajia M30ToIla — JACTHUIIbI, PAa3/IeTAONecs Xa-
OTMYHO B PasHbIX HAIIPaB/IEHVIX, IIONAYT B 30HY YYBCTBUTENBHOTO (OTOC/IOS U aKTH-
BUPYIOT B HeM 3epHa 6pomucroro cepebpa. Uem 6osbiiie OyzeT BpeMs 9KCIIO3ULINY, T.€.
KOHTAKTa TAaKOIl MeYeHOI KJIeTKM ¢ pOTOIMY/IbCKelt, TeM Oonblire 3epeH AgBr Oyner 3a-
cBedeHo. [locre aKco3nnyy Hajo MPOABUTD Ipeapar, Ipy 3TOM IIPOUCXOAUT BOCCTa-
HOBJIeHMe cepebpa TONBKO B 3aCBEYEHHBIX IPaHy/axX, npu ¢oTtodukcanny mnpemnapara
TUIOCYIb(TIOM He3acBedeHHble rpanyibl AgBr pactBopsitorcs. B pesynbrare 13 Maccht
TpaHyJI, KOTOPble MOKPbIBA/IM 00BEKT, OCTAHYTCS TONBKO Te, KOTOPbIe ObUIN aKTUBYPO-
BaHbI B-usnydennem. [IpocmarpuBas B MUKPOCKOII TaKye TIperapaThl, HOBEpX KOTOPHIX
HaHeceH c/10i1 POTOIMY/IbCHY, MCCTIeOBaTeIb HAXOUT MeCTa JIOKA/IN3ALIY 3epeH cepe-
6pa, KOTOpBIe PACIIONATAIOTCS HATIPOTHUB MECT, TTie COIEP)KUTCS MeueHOe BeleCTBO.

PanmoaBTorpaduyecky Hemb3sA U3y4aTb PACTBOPUMBIE B BOZIe COEAVHEHIIS, TaK KaK
B Ipolecce 06paboTKM KIeTOK BOZHBIMYU pacTBopamu (pukcans, mposiBieHne u T.7.)
OHI MOT'YT ITOTEPATHCA. [lpyroe orpaHnyeHNe MeToa — JOCTATOYHO BbICOKAsI KOHIIEHT-
panus JaHHBIX BeI[eCTB, TaK KaK IIpY HMU3KOM KOHLIEHTPAIMM Paii0aKTMBHOTO Bellle-
CTBa BpeM: 9KCIO3NIUY YBETNIMBAETCSA, IIPY 9TOM PacTeT OIIACHOCTD IOSAB/IeHM poHa
3aCBEYEHHDBIX IpaHys AgBr 3a c4eT KOCMIYECKOTO M3Ty4eHNA.

Merop, papgyuoaBTOrpaduy — OAVH U3 OCHOBHBIX METOHOB, NO3BOJIAIOIIUX WU3Y-
YaTh AMHAMMKY CMHTETHMYECKUX IIPOLECCOB, CPAaBHUTD VX MHTEHCUBHOCTb B Pa3HbIX
KJIETKaX Ha OfIHOM ) TOM e Ilpemapare. Hampumep, ¢ MOMOIIIbIO 3TOTO METOfA IIpK
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MCIO/IB30BaHNM MedyeHbIX mpepuiecTBeHHnkoB PHK 6b110 mokasano, uro Bcst PHK
CUHTE3MPYeTCs TONbKO B MHTep(dasHOM sifpe, a Hamudye nuromnasMarundeckoit PHK —
pe3y/IbTaT MUTPALIY CUHTE3UPOBAHHBIX MOJIEKY/I 13 SAfIpa.

Meton papmoaBTOrpaduu UCIONb3YeTCA TAKKe LA OIpele/IeHNs PACIIONOXEHA
OIIpefie/leHHBIX TUIIOB HYK/IEMHOBBIX KVC/IOT WM OTAENbHBIX HYKIE€OTUAHBIX IOCTIEN0-
BaTe/IbHOCTEN B COCTaBe KJIETOYHBIX Aflep MM XPOMOCOM — Memo0 MOTEKYNAPHOL
2ubpuousayuuy. JI7s1 9TOr0 pacTBOP C MEYeHOI HYKIEMHOBOIT KIC/IOTON (Hampumep, ¢
pubocomuoit PHK) unu ¢ ee pparmentom (Hanpumep, ¢ catenutroit JHK) HanocsaT
Ha IIperapar, IpefBapuTeNnbHO 06paboTaHHBI Tak, YTOOBI HeHaTypuposanHoi JHK
(pasopsarb BogopopHble cBssu B HatuHOM [JHK) B cocTaBe XxpomMocom uiu sifiep, 4T0
JIOCTUTAETCS 1IeTIOYHON WV TeMIlepaTypHoi 06paboTkoit o6pasua. B mporecce peHa-
rypauuy JJHK nponcxoaur obpasoBaHme MOJIEKYIAPHOTO IMOpyaa MeXIy MedeHOi
HYK/IEVHOBOJI KMCIOTOII 13 PacTBOpaA 1 KOMITZIeMeHTapHbIM eMy yuactkoM JTHK B mpe-
napare. MecTo Takoi ruOpuan3anym onpefenseTcs pagnoaBrorpapudeckin. ITOT Me-
TOJ|, MOJIEKY/IAPHOJ I'MOPUAN3ALUY HYK/IEMHOBBIX KVIC/IOT IO3BOJIAET C OO/MBIION TOY-
HOCTBIO TOKA/IM30BaTh HA XPOMOCOME MeCTa C JaHHOI HYK/IEOTHUIHON ITOC/Ie0BATeb-
HOCTBIO WM JJaXKe PacIIONIO>KeHNe OIpefie/IeHHbIX TeHOB.

OO6bIuHbBIe METOJIBI CBETOBOI MUKPOCKOIINMM TPY/HO VICIIO/Ib30BATD J/IsI BOCIIPOM3Be-
[leHMsI TPEeXMepHO KapTUHBI M3y4aeMoro o0beKTa 13-3a HeOO/bILIOil ITyOMHbI pe3Ko-
¢ty MuKpockoma. O6bIYHO K/TeTKI pacCMAaTPUBAIOTCS KaK ONTUYECKIe Pa3pe3bl Ha JaH-
HoIt TyOuHe Qoxyca. Iy TOro 4To6bl MOMYINUTD IOTHYIO TPEXMEPHYI0 PEKOHCTPYK-
V0 00beKTa VICIIONb3YIOT ClIeMaIbHbI KOHPOKANbHLI CKAHUPYIOUUIL C6emno60il
mukpockon. C IIOMOIBIO 3TOTO IpUOOpa IOTYyYaioT CepyM MOCIe0BATE/TbHbIX ONTIYe-
CKMX CPe30B, B3SATHIX C PAa3/IMIHOI ITyOMHBI U M300paskeHNsT KOTOPBIX HAKaIlIMBAIOTCS
B KOMIIBIOTEpE, I TI0 CIIEIMaTbHON IPOrpaMMe PeKOHCTPYUPYeTCs TpeXMepHoe, 00b-
eMHoe, 1300paxxeHne 06bekTa. OOBIYHO MCHONB3YIOT 00BEKTHI, OKpalleHHbIe (Iyo-
pPOXpoMaMIt.

4. 3neKTpOHHaA MUKPOCKONUSA

PaccmaTpuBasg XapaKTepUCTUKM CBETOBOTO MMUKPOCKOIA, MOXHO yOemuTbCH,
YTO eAVHCTBEHHBIM IIyTeM YBeINYEHNs pa3pelIeHNs] OITUYeCKOI CUCTEMBI OyaeT
UICIIONTb30BaHMe MCTOYHVMKA OCBEIIeHMs, MCIYCKAIOLIero BOJHBI C HaMMeHbIIel
mnuHO. TaKMM UCTOYHMKOM MOXXeT OBITh pacKaaeHHas BoabdpamMoBas HUTD, KO-
TOpasi B 9/IEKTPUIECKOM I10/I€ BBIOPACBIBAET IIOTOK 3/IEKTPOHOB, IIOC/TEIHII MOXXHO
bokycrpoBarh, Iponyckas 4yepe3 MarHuTHOe 1osie. ITO MOCTY>KIUI0O OCHOBOI /ISt
CO3/IaHMS 9JIEKTPOHHOIO MMKPOCKOIIA, B KOTOPOM yXKe celf4ac JOCTUTHYTO pas-
pemenue B 1 A (0,1 um). ITo TUITy KOHCTPYKIUU 3TeKTPOHHbIE MUKPOCKOIIBI Jie-
JIATCA HA 2 K/Iacca: MIpOoCBeYnBawIye (mpaHcmMuccuontole) N CKaHNpyoomue (pac-
mposvie). I1o IPUHIMITY KOHCTPYKILMK STIEKTPOHHBINI MUKPOCKOII OY€Hb CXOJEH C
ONTMYECKMM: B HEM eCTb ICTOYHUK OCBeleHNsA (KaTo/ 97IeKTPOHHOM ITYIIKY ), KOH-
IleHCOpHast cucTeMa (KOHIEHCOPHAsi MaTHUTHAS TMH3a), 00beKTUB (00 beKTUBHAS
MarHUTHAs JMH3a), OKYIAP (IPOEKIMOHHbIe MalHUTHBIE JIMH3bI), TOIbKO BMECTO
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CeTYaTKM I7Ia3a 9MeKTPOHbI NONAJAIT Ha JIIOMMU-
HeCUUpyoWuil 3KpaH, Mmb60 Ha (OTOMIACTUHKY
(puc. 3.8), nn60 Ha JeTEKTOP, KaK B CKAHUPYIOIIEeM
MUKPOCKOTIE.

OcCHOBHasi 4acTb TPAHCMUCCUOHHOTO U CKaHMU-
PYIOIET0 MMKpPOCKOIIA IIpefcTaBasgeT cob6oil Io-
BT OVUIVMHAP (KOJIOHKAa MMKPOCKOIA), U3 KOTO-
poro oTkayaH BO3AYX JJIs TOTO, 4YTOOBI He ObIIO
B3aUMOJIeVICTBYUA 9JIEKTPOHOB C MOJIEKy/IaMI Ta30B
U OKNC/IeHNA BONMbPPaMOBOIl HUTU HaKa/lMBAHUA
B KaTOfle 9JeKTPOHHOI MyIKu. MeXay KaTomoMm
M aHOMIOM TIOfIaeTCsl BBICOKOe Hampspkenue (ot 50
mo 200-5000 kB), 4TO CIY>XUT NPUYMHON yCKOpe-
HUA 37IeKTPOHOB. B IeHTpe aHO#A ecTh OTBEpCTHE,
IpOXoAsA 4Yepe3 KOTOpOe 3NeKTPOHBI (HOPMUPYIOT
Iy4YOK, VAYIMII BHU3 IO KOJOHKE MMKPOCKOIIA.
JINH3BI 57IEKTPOHHOT'O0 MUKPOCKOIIA IPEe/ICTAB/IAIT
c06011 3/1eKTPOMArHNUTHI, I0/Ie KOTOPBIX MOXKET W3-
MEHATD Iy Th 371IeKTPOHOB (KaK CTeK/IAHHbBIE TNH3BI
M3MEHAIT IyTh GOTOHOB). B KOHIeHCOpHOI MnH3e
IY4YOK 3/7IeKTPOHOB (POKYCHPYeTCS M IOIajaeT Ha
00'beKT, C KOTOPBIM 3JIEKTPOHBI B3aMMOJIe/ICTBYIOT,
OTK/IOHSAIOTCS, PAcCeMBAIOTCSA, IOIIOUIAIOTCA WU
npoxopAaT 6e3 M3MeHeHMA. B mpocBeunmparomem
3/IeKTPOHHOM MMKPOCKOIIEe 3JIeKTPOHBI, IIPOIIefi-
mue yepe3 00beKT, POKyCUPYIOTCS 0O6BEKTUBHOI
NIMH30J, KOoTOpas (GopMUpyeT yBeIMYEHHOE Iep-
BMYHOe n300paxkeHne ob6bekra. Tak e Kak B CBe-
TOBOM MMKPOCKOIIe, 0ObeKTUBHAs /MH3a OIpefie-
NsIeT ero OCHOBHBbIe IoKasarenn. IlepBuyHoe M30-
OpakeHue yBeIMYMBACTCS IPOEKIVOHHON JIMH30I1
U IpoeuMpyeTcsa Ha dKPaH, IHOKPBITHIN JTIOMIHEC-
IIEeHTHBIM C/I0eM, CBeTAIMMCSA IpY IONaJaHNy Ha
Hero 9JeKTPOHOB. BMecTo cBersmierocsi skpaHa
n3o0pakeHre MOXXHO IIOMEeCTUTb Ha (oToIIa-
CTMHKY U IIOJTyYUTb CHUMOK.

doTonnactnHka

%(ICTOYHUK
SNeKTPOHOB)

Puc. 3.8. Xop aneKTpOHHOro nyyka un
001Lasn KOHCTPYKLMA SNEKTPOHHOTO
MUKpOCKonNa:

1 — KOHAEeHCcOopHasa Manaa JfnH3a;
2 — 00beKT; 3 — 0b6beKTMBHaAA JINH3a;
4 — NpoeKLUMOHHasA NrH3a

HampskeHne, KOTOpoe UCIIONb3YeTCs /I YCKOPEHMs 9/IEKTPOHOB B OOJIbLINHCTBE
IPOCBEYMBANIMX (TPAaHCMMCCHOHHBIX) 3JIEKTPOHHBIX MMKPOCKOIIOB, JOCTHUIaeT 50—
150 kB. ITpu Hanpsixennu B 50 KB amekTpon o6maaet mmmHoit Bomubl B 0,05 A, 1 B aTom
CTTydae TeOpeTUIecK! MOXKHO 6bito 651 omyunTh paspemtenne B 0,025 A (d ~ 0,5 \).
OpnHaKo B COBpeMEHHBIX KOHCTPYKIVAX 3/IeKTPOHHBIX MUKPOCKOIIOB JOCTUTAETCA Pa3-
pelleHne OKOIo 1 A u3-3a HETOCTATOYHOI CTAOMIBHOCTH HATIPSDKEHUST, CTabUIbHO-
CTM TOKA JIMH3, HEOMHOPOAHOCTH MeTajUIa MAaTHUTHBIX JINH3 U JPYTUX HECOBEPILICHCTB
npubopa (TeopeTMYecKM BO3MOXKHO eIlle IIOBBICUTh paspelleHue 3MeKTPOHHOTO
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MuKpockona B 100 pa3). Ho u gocturHyroe paspelieHye OrpoMHO (BCIIOMHMM, 4TO Be-
mranna O-H cBssyu B Monexyme Bogibl paBHa 0,99 A): oHo ceituac yoxe B 10° pas Bbinre
paspelaroleir CHocoOHOCTH I1a3al

Ha skpaHax 1 poTonnmacTMHKax 37IeKTPOHHBIX MUKPOCKOIIOB MOYKHO HOJTY4UTb yBe-
mndenne fo 50000 pas, B manbHelieM Ipyu ¢oTomeyaTty MOXKHO MOTYy4uTh ee 10-
KpaTHOe yBe/lIn4eHe, TaK YTO KOHeYHOe yBe/lIn4eHe, IpU KOTOPOM MAaKCHMAJIbHO pe-
a/mmM3yeTcs paspelleHne, MoXKeT JocTurathb 10° pas (Hampumep, ecny 1 MM yBeIn4uTh B
10° pas, TO OH ZOCTUTHET J/IMHEL B 1 KM).

B HacrosIee BpeMs 9/1eKTPOHHO-MUKPOCKOIIYeCKoe n306paskeHne ¢ Gryopeciy-
PYIOIIETo 9KpaHa C MOMOIIbI0 IUPOBOIL TeZleKaMephl MepefaeTcs IPSAMO B KOMIIBIO-
Tep, I7ie Ha 9KpaHe MOHNUTOPA er0 MOXKHO 00pabaTsiBaTh pasnnyHbIM 0OpasoMm (13Me-
HATH YBeIIMYeHNe, KOHTPACTHOCTD N300paskeHNsI, IPUMEHATD IeHCUTOMETPUIO, IIaHM-
" MOP(GOMETPUIO OT/E/IbHBIX KOMIIOHEHTOB). VICIIOIb3ys IpUHTEP, MOXXHO HMOMTYYNUTD
OTIIEYATKM NTOTyYEeHHbIX 1300pakeHNIL.

MakcumanbHOe paspelleHye 91eKTPOHHOTO MUKpocKoma (OM) peanmayeTcs ceii-
Yac TOJIBKO IIPY MCCIEOBAaHUM METAJUIOB MM KPUCTA/IMYecKux pemetok. Ha 6mo-
JIOTMYeCKUX 0OBEKTaX TAaKOrO paspelleHns IIOTYYNTh IOKa He YAaeTcs M3-3a HU3KOM
KOHTPAcTHOCTHU 00bekTa. bronornyeckie o6beKThl A1 uccnenoBanusa B OM momerna-
I0TCA Ha MeJHbIe CETOYKI, TOKPbITbIE TOHKVMMIU IUIEeHKaMy — HopIoKkamu (popmsap,
KOJUIOZINIA, YITIEPOJ), COCTOSAIIVMMY B OCHOBHOM 13 YI/Iepoja. buonornyeckye o6beKTbt
TaK>Ke B OCHOBHOM COJIep>KaT YITIepOJ U, C/IEf0BATe/IbHO, MAJIO 110 ITIOTHOCTH OYAYT OT-
JMYaThCs oT (OHa, OYAYT Maslo KOHTpAacTHBL [I0Kka3aHo, 4TO MMHMMAa/IbHAs TOMIMHA
610710rN4ecKoro 06beKTa C INIOTHOCTBIO OKO/IO 1 I/CM®, BBIABIAEMOTO IIPU YCKOPAIO-
1IeM HATIPSKEHUN B 97EKTPOHHOM MuKpockore 50 kB, pasHa 50 A. Bupycsl, pacrorno-
JKeHHbIe Ha MOJIIep)KMBaloLell IIeHKe, OyAyT BUIHBI B 9TOM C/Iy4ae B Buje OecCTpyK-
TYDPHbIX IIATEH, @ MOJIEKY/Tbl HYK/IEMHOBBIX KucoT (Tommyna JIHK pasra 20 A) Boo6ie
He BUJIHBI 13-32 HU3KOTO KOHTpacTa. KoHTpacT 6monornyeckux 06beKTOB MOXKHO I10-
BBICUTD, VICIIO/Ib3 Y TSDKe/Ible MeTa l/Ibl VIV UX COJINL.

OmHUM U3 IMPOKO PAaCIPOCTPAHEHHBIX METOJOB KOHTPAaCTUPOBAaHUA OMoIornye-
CKMX OOBEKTOB SBIIACTCS OMMmeHeHue memannamu. B sTom ciydae B criel[uaabHBIX
BaKyyMHBIX YCTaHOBKAaX IIPOM3BOANTCS TePMUYECKOe VCIapeHye Mertama. [Ipu atom
VICTIONIBb3YIOT TsDKeJIble MeTAJUIbl, TaKMe KaK IUIATUHA, aJ/UIafVii M UX CIUIaBbl. ATOMBI
MeTa/l/Ta pas/ieTaloTCsA OT MeCTa VICIApeHMs 110 IPAMBIM TpaeKTopuAM. Berpeuasacs ¢
00BEKTOM, OHM OCKJAIOTCA Ha HEM B BIJE CTIOS; €r0 TOJIINHA OyaeT 60/blie B MecTax,
HepIIeH/IVKY/IAPHBIX HAIIPaB/IeHNIO T0/IeTa YaCTUL MeTa/lIa. DTOT METOJ, IINPOKO IIPK-
MEHSIOT He TONbKO J/IsI KOHTPACTUPOBAHNUSA BUPYCOB, pOOCOM, HO I [ TOCTATOYHO
TOHKIX MOJIEKY/T HYK/I€THOBBIX KMCIIOT.

[Ipy Hezamuenom konmpacmuposanuu o6HEKTOB PAaCTBOPAMM COJIEN TAXKENbIX
METa/UIOB NIPUMEHAIOT MOMMOIEHOBOKMC/IBINI aMMOHNI, ypaHWIaueTar, (GocdopHo-
Bonbdpamosyio Kucnory (PBK). Ecn BogHbIe pacTBOPBI TAKMX BeIeCTB CMEIIaTh C
Ouonorndecknmm oO'beKTaMI, a 3aTeM UX HAHeCTY Ha IUICHKM-TIOJ/IOKKM U BBICYILINTD,
TO 00BEKTBI (HalIpuMep, BUPYCHI MM Oe/TKOBble KOMIUIEKCHI) OKaXKyTCs Kak OBl IIOrpy-
JKEHHBIMY B TOHKIII C/I0¥ aMOP(HOT0 Bell[eCTBa BLICOKOI ITIOTHOCTH. B a/mekTponHOM
MMKPOCKOIIe OHY BBIIJISIIAT KaK CBeT/Ible 00'beKThl Ha TeMHOM (hoHe (Kak GOTOHEraTuB).
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[IpenmyiecTBa METO/IA B TOM, YTO PACTBOPEHHbIE COIV MOTYT IPOHMKATH B I/TyOb 00B-
eKTa U BBIAB/IATD JOMOTHUTEIbHBIE €ro fieTanyu. HeratBHOe KOHTpacTHpOBaHMe IIN-
POKO NPUMEHSIOT IIPU U3y4EeHUU BUPYCOB, PePMEHTHBIX KOMIUIEKCOB MeMOpaH. [l
HO3UTVMBHOTO KOHTPACTHPOBAHMA HYK/IEMHOBBIX KUC/IOT MCIIONb3YIOT PAcCTBOPHI ypa-
HIJIAIleTaTa B CIMPTE VI B alleTOHe. YpaHWIaleTaT, KOHTPAaCTUPYs HyK/IeMHOBbIE KIC-
JIOTBI, XOPOLIO IPOKPALINBAET L{eHTPa/IbHbIe MONOCTY CHeprIecKUX BUPYCOB, 3HAUN-
Te/IbHO MOBBIIIAET KOHTPACT PUOOCOM 1 ITO3BOJIACT BUAETh TOHKIE HUTY BBIJIe/IEHHBIX
HYK/IEVHOBBIX KMCJIOT.

[Tpu n3ydeHnn 06beKTOB B 9/IEKTPOHHOM MUKPOCKOIIE BO3HUKAET €l1je OTHO OCTIOXK-
HeHJe — 9TO X TOJILIMHA. [[eJI0 B TOM, YTO IIPU MPOXOKAEHNUN ITyYKa 37IEKTPOHOB Ye-
pe3 00BEKT 4acThb 3/IEeKTPOHOB MOIVIOMIAETCA, YTO IPUBOAUT K HaTPEBaHMIO 00BbEKTa U
K ero gedopmanyn. IToaToMy He06X0OAMO IMETh TOHKVE 00BeKThI (He Bbiie 0,1 MKM).
Tem caMbIM M3y4aTh B TPAHCMMICCHOHHBIX MUKPOCKOIIAX BHYTPEHHEe CTPOEHME L[e/bIX
KJIETOK IIJIOXO ¥ HeyZOOHO. BBIXOJ 113 9TOTO IOJIO>KEHNS aHA/IOTUYEH TOMY, YTO ObIIIO
Hal/IeHO JI/I1 CBETOBOJM MUKPOCKOIINY, — JieZlaThb CPe3bl OYEHDb Majloil TONLIVUHBI, Y/ib-
mpamonKue cpesvl (0,05-0,10 MKM).

I[Tporenypa MX M3rOTOB/IEHNMS B IPUHIINIIE CXOf{HA C TOI, YTO UCIIOIb3YETCs B CBETO-
BOII MUKpocKomyu. KileTKu ¥ TKaHM JyI 9TOro cHavana QUKCUpYIoT. B kauecTBe Quk-
CaTOPOB MCIIONB3YIOTCA Oy(epHble pacTBOPLI IyTapOBOTO a/IbJEerufia WM YeThIpeX-
okucu ocmusi. Hanboree yacto npuMeHsieTcst ABOHas pUKcaLVist: CHavasa Iy TapOBbIit
aJIbJleTI], a 3aTeM OCMMUIT, KOTOPBII KaK TsDKeNblil MeTa/l/I KOHTPACTUPYeT KIeTOYHbIe
CTPYKTYPpBL. 3areM, HOcCae 00e3BOXKMBAHMA, TKAaHM IIPONMUTHIBAIOTCSA SMOKCUIHBIMU
CMO/IaMM WIM APYTMMM IUIACTMKAMM B XKUJKON, MOHOMepHoit ¢opme. ITpu mommme-
pM3aIyM TaKMX IIACTMACC IPONUTAHHBIN UMM 00BEKT OKa3bIBAETCS 3aK/TI0YEHHBIM B
TBeppble 6710K1, KOTOPbIE Y)Ke MOXKHO pe3aTh Ha y/IbTpaToHKMe cpesbl. OKa3anocsk, 4To
UJiea/IbHO OCTPOIL 1 6e3 3a3yOpuH peXxylieil HOBEPXHOCTHIO 00/1a/Jal0T CKOJIBI CTEK/Ia.
Ho crex/siHHbBIE HOXXY OYeHb HEJ[OITOBEYHBI, X MCIO/IB3YIOT TOIbKO OfMH pas. [Ipume-
HSIOT a/IMasHble HOXIL: 9TO CIIelMaNbHbIM 00pa3oM 3aTOYeHHBbIE Me/IKIe a/IMa3bl, OHI
CITy>KaT B T€YeHNe HeCKOIbKIX JIeT.

[Tpo6nema M3roTOBNIEHNS CBEPXTOHKOTO Cpe3a Oblla pellleHa 3a CYeT TepMIYecKoil
nopaun 06beKTa. BIIOK ¢ 3aK/II0YeHHBIM B I/IACTMACCY 0ObEKTOM KPEIUTCS Ha MeTasl-
JINYECKOM CTep>KHe, KOTOPBIII HarpeBaeTCs 1 TeM CaMbIM IPOABMUIaeT 0OBEKT BIEpes
Ha OIIpeJie/IeHHYIO BE/IMUNHY 3a M3BeCTHOE BpeMsl. V ec/ii 9Ty TepMMUdecKyIo IIofady co-
IJIaCOBATh C PUTMUYECKVMY LIMK/IAMJ Pe3aHMsA, TO MOXKHO IOTY4YNUTh CEPUN CPe30B 3a-
[QHHOJI TOJILIVHBL. DTO JOCTUTAETCS IIPYU VCIIOIb30BAHNN CIIEI[aIbHBIX IPUOOPOB —
YOMPAMUKPOIOMOB.

[Tomasp moIy4aeMbIX YIBTPATOHKIX CPe30B 00bI9HO o4eHb Maina (0,1-1 Mm?), mo-
3TOMY BCe OIepaL IIPU YITPAMUKPOTOMUPOBAHNUN UAYT O MUKPOCKOIINIECKAM
KoHTporneM. Cpesbl, CMOHTMPOBaHHbIe Ha CETKaX C MOMTIOXKKOI, HEOOXOANMO [OIIONI-
HUTETbHO KOHTPACTUPOBATh — «OKPAIIMBATh» C IIOMOIIBIO COTIEN TSDKEbIX METaJlIOB.
B sToM cirydae MCHOMB3YIOT TaKXKe COMM CBUHIIA M YPaHa, KOTOPbIE CBA3BIBAsACH C BHY-
TPUK/IETOYHBIMIU CTPYKTYpaMy Ha Cpe3e, IO3UTUBHO UX KOHTPACTUPYIOT. TexHNKa n3-
FOTOBJIEHNUs YIBTPATOHKUX CPe30B OTKPbLIA OTPOMHbIE BO3SMOXKHOCTH IS IIPYIMEHe-
HIIS 9/1eKTPOHHOI MUKPOCKOINI 6YKBaIbHO BO BCeX 00/1aCTAX OMOIOTN U MEVILINHBI.
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Mertop, yIbTpaTOHKMX CP€30B B IIPOCBEYMBAIOIIEN 3/IEKTPOHHON MUKPOCKOIINM II03BO-
JIVJI M3Y9aTh HE TOJIBKO YIbTPACTPYKTYPY K/IETOK, HO U IIPYMEHNUTD Ha 3TOM yPOBHE Ta-
KI1e MEeTOZIbI, KaK aBTOPaANOrpadms, TUCTOXUMI, MIMMYHOXUMIAL.

Bce 6ornbliiee npuMeHeHNe TTOTYYAIOT METOABI IPUTOTOB/ICHNs YIbTPATOHKUX Cpe-
30B 0e3 (uKcanuu 1 3aMBKM KJIETOK B TBep/ble TIACTMACCHI. [Ipy MCIONb30BaHNU
METO/IOB KpMOYIbTPAMUKPOTOMUN, T.€. TIONYYEHUA CPE3OB C 3aMOPOKEHHBIX TKaHEI,
MOMEHTAJIbHO OX/IaXKIEHHBIX JIO TeMIlepaTypsl xupgkoro asota (-196 °C). IIpu atom
MPOUCXONUT TMPAKTUIECKN O[HOMOMEHTHOE TOPMOYKEHIME BCEX MeTaOOMMIECKUX TIPO-
11eCCOB, @ BOJja 13 >KMAKON (ha3bl IIEPeXOAUT B TBEPAYIO, HO He KPUCTA/UINIECKYIO, ee
MOJIEKy/IApHasA CTPYKTypa OecnopsAodHa (CTEeK/IOBUIHOE COCTOsAHNe). Takme TBepable
010KV IIpU TeMIlepaType >KMAKOTO a30Ta MOXKHO pe3aTh Ha YIbTPATOHKME CPe3bl (HOX
HpI/I 3TOM TaK>Xe OXIIZDKI[CH). HOHY‘ICHHbIe cpe3b1 I/ICHO}IbSYIOT oI BbIABICHUA B HUX
aKTMBHOCTYU (epMEHTOB, /ISl IIPOBEfIeHNs Ha HUX MMMYHOXVMUYECKNX PeaKLnil, s
(dbepMeHTaTUBHOIO IepeBapUBaHUs U T.IN.

VI3y4eHue cpe3oB, IIOTyYeHHBIX Ha KPUOY/IbTPATOMAX, IOKA3aJI0, YTO 00I1as CTPYK-
Typa ¥ KOMIIO3MIMA K/I€TOYHBIX KOMIIOHEHTOB B JAHHOM C/Iy4Yae Majio OT/IMYAIOTCA OT
TOTO, YTO BUJHO IIPY UCIIOTTb30BAHNM XUMIYECKOM (PUKCAMM 1 OOBIYHBIX IIPUEMOB TI0-
JTy4eHUs YIbTPATOHKUX Cpe30B. CeoBaTenbHO, Te CTPYKTYPbI, KOTOPbIE MIMEIOT OfV-
HaKOBYIO KOMIIO3NII MO HpI/I paSHbIX MeTOogax O6pa6OTKI/I MaTepmana, HO—BI/IIU/IMOMY,
O/IM3KM K CBOEMY IIPVDKU3HEHHOMY CTPOEHIIO, He ABJIAIOTCS apTeaKTHBIMIL.

B monp3y 9TOro roBOpAT JaHHBIE IO MCCIENOBAHNIO KIETOK C IIOMOIIBIO IHBIX MU -
€MOB 37IEKTPOHHO MUKPOCKOIIL.

I u3ydeHMA CTPYKTYpbl pPasIMYHBIX
MeMOpaHHBIX KOMIIOHEHTOB KJIETKU MCIOTb-
3YIOT METOJ] 3aMOPaKIBaHNA—-CKa/IbIBaHNA.
OH 3aK/I09aeTcsa B TOM, YTO OO'bEKT CHavasia
OBICTPO 3aMOPXKMBAIOT >KUIKUM a30TOM, a
3aTeM IIpM TOM K€ TeMIIEpaType IepPeHOCAT
B CIIel1a/IbHYI0O BAKYYMHYIO YCTaHOBKY. TaM
3aMOPO>KEHHBII 00'beKT MeXaHNYeCKUM CIIO-
cOOOM CKaJ/IbIBAE€TCSA OXIAXKJEHHBIM HOXKOM.
[Ipn sTOM OOHAXAIOTCA BHYTPEHHNE 30HBI
3aMOPOXXEHHBIX KJIeTOK. B BakyyMe d4acTb
BOJIBI, TI€peLIe/iIIell B CTEKIOBUHYIO popMmy,
BO3TOHsIETCS («TpaBjleHMe»), a TIOBEPXHOCTD
CKOJIa TIOC/IEJOBATE/IBHO IIOKPBIBAETCA TOH-
KUM CJI0€M MCIAPEHHOTrO YITIEPOJa, a 3aTeM
MeTanaa. Takum 06pa3om, ¢ 3aMOPO>KEHHOTO

Puc. 3.9. Cxema MeToaa 3aMOPaXKMBaHNA — VI COXpAaHAOIETO HPVDKUSHEHHYIO CTPYKTYPY
CKanblBaHs: MaTepuaa IOMy4aloT PeIUIMKy C ero CKOJa
a — CKanbiBaHMe 3aMOPOXEHHOTO O06beKTa; (puc. 3.9). Okasanocp, 4TO ¥ B 9TOM C/Iydae
6 — HanbineHVe CNIOA MeTana U YImepofia Ha no- 06111ast OpraHM3aLyA KIETKH 1 ee KOMIIOHEH-

BEPXHOCTb CKOMa; 8 — PacTBOpeHue 06beKTa 1
noslyyeHne Penankn ¢ NOBEPXHOCTH CKona 06b- TOB CXOfHA C T€M, ITO MbI BUJMM IIpU XUMU-

eKTa; 1 — HoX 4eCKOl (PUKCAIVV VI IIPU KPMOTOMUN. DTOT
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METOJ TO3BO/INTI YBUAETH, YTO KaK Ha MOBEPX-
HOCTM, TaK 1 B TOJIIMHE KJIETOYHBIX MeMOpaH
pacronaraloTcs IIo0YIbl MHTETpaIbHbIX Oer-
KOB, 4TO MeMOpPaHBI He OfHOPOJIHBI IIO CBOEII
cTpykType (puc. 3.10).

MeTop ckaHupyoesi (pacTpoBoOii) 3TEKT-
POHHOVI MMKPOCKOIIMM IIO3BOJISIET U3y4aThb
TPEeXMEPHYI0 KapTUHY HMOBEPXHOCTY KJIETKN.
[Ipu cxaHMpYyIOLeil 3MeKTPOHHOI MUKPOCKO-
UM TOHKWII IY4OK 3/IEKTPOHOB (30HA) Ipo-
6eraer IO MOBEPXHOCTY OOBEKTA M IONyYeH-
Hasg MHPOPMaIA IepefjaeTCsA Ha 37IeKTPOHHO-
nydeBylo TpyOky (puc. 3.11). Vzobpaxenue
MO>XXET OBITD IIOJTy4€HO B OTPa>KEHHBIX VU BTO-
PUYHBIX 97eKTpoHaxX. [Ipu aTom MeTone Guk-
CHPOBAHHBIN U CIeMaTbHbIM 00pa3oM BBICY-
IIEHHBIl 00bEKT MTOKPBIBACTCS TOHKUM C/I0eM
UCIIApEeHHOro MeTajia (4alie BCEro 30J10Ta),
OTpaXkasiCh OT KOTOPOTO 3/IeKTPOHbI IIONA/IAI0T
B [IPMieMHO€ YCTPOIICTBO, Mlepefjaoliiee CUTHaI
Ha 3/IEKTPOHHO-/Ty4eByI0 TPyOKy. Braromaps
OTpOMHOII ITy6uHe ¢oOKyca CKaHMPYIOLIETO
MMKPOCKOIIa, KOTOpas 3HAYNMTEIbHO OOJblIe,
4eM y MPOCBEYMBAIOLIETO, TOIYYAeTCs TTOUTH
TpexXMepHOe M300pakeHNe MCCIefyeMOoil Io-
BepxHoCcTM (puc. 3.12). Paspemaromas cro-
COOHOCTH 3TOTO TUIIA NPUOOPOB HECKOTBKO
HIDKe, 4eM Y IPOCBEYMBAONINX 9TeKTPOHHBIX
MUKPOCKOIIOB, HO yXe Celf4yac BBIITYCKAIOTCA
nprbOpHI C paspelieHyeM 3—5 HM.

C noMo1uipo pacTpoBOIl 3/€KTPOHHOIN MU-
KPOCKOIINY MOYXHO IOTY4YUTb MHPOPMALIIO O
XVUMMYECKOM COCTaBe B TeX VJIM MHBIX y4acT-
KaX KJIeToK. Tak, MeToj peHTTeHOCHeKTpalb-
HOTO MUKpOaHajIM3a OCHOBaH Ha uaeHTUdM-
Kalyyl ¥ KOMMYEeCTBEHHON OLjeHKe COfiepKa-
HVUS XVMMUYECKMX 9JIEMEHTOB IIO CIEeKTpaM
XapaKTepUCTUIECKOTO PEHTTeHOBCKOTO WU3JIY-
4eHs, BO3HUKAIOIIETO IPU B3aMMOJEeICTBUN
HEePBUYHBIX 9TEKTPOHOB C aTOMaMM OOBeKTa.
[l nony4yeHus Takoit MHPOPMaIUY, KOHEYHO,
00BEKTBI He CrIefyeT IOKPHIBATH CIOEM Me-
Ta/1a, KaK IpY OOBIYHOM MeTOfie CKaHUPYIO-
1iell 371eKTPOHHOI MUKpockonuu. bonee Toro,

Puc. 3.10. OparMeHT KNneTky meyeHn co
CKOMOTbIMN MUTOXOHAPUAMM

Puc. 3.11. CpaBHeHe Xxoga 3NeKTPOHHOIo
MyyKa B MPOCBEYMBAIOLLEM (a) 1 CKaHUPYIO-
Lwem (6) aneKTPOHHOM MUKpPOCKONe:

1 — 00beKT; 2 — Katom; 3 — aHofm; 4 — KOH-
[eHCOPHaA NNH3a; 5 — MyYKN 3NeKTPOHOB; 6 —
pednekTop nyya; 7 — 06bEKTNBHAA NH3a; 8 —
NPOEeKLMOHHAA NNH3a; 9 — OTPaXeHHble nyuu;
10 — petekTop
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Puc. 3.12. CkaHupytowas 3neKTPOHHaA MKPOCKOMUSA:

a — NoBepPXHOCTb KNETKM B KysbType TkaHu (doTo K0.A. PoeHcKoro); 6 — xryTrnkoHocel Lamblia intestinalis n3 kynstypbi
BHe opraHu3ma (no M.M. Conosbesy u t0.C. YeHLoBY)

00bEKT HY>KHO IOfITOTOBUTD TaK, YTOOBI He OBIIO IIOTePH W/IM JOIIOTHUTETIbHOTO BHe-
CeHMA 37IEMEHTOB. [I/I 9TOr0 MCHOb3YIOT OBICTPO 3aMOPOXKEHHbIE 1 BHICYLICHHBIE B
BaKyyMe OOBEKTBL.

5. (Dpal(uwoumposal-me KNeToK

B umronorny mmMpoKo MPUMEHSIOT pas3inNdHble METORbl OMOXMMMNM, KaK aHA/IN-
TUYeCKNe, TaK I IpernapaTuBHble. B mMociefHeM clydae MOXXHO IIONYy4YUTh B BUJE
OTZe/NbHBIX PpaKuMil pa3HOOOPasHble KOMIOHEHTBI M M3Y4aTh X XMMUYECKUIL CO-
CTaB, YIBTPACTPYKTYPY U CBoOiicTBA. Tak, B HacTOAIee BpeMs B BUJIe YUCTHIX ppak-
LUl TOMy4YaloT MPAaKTUYeCKy Mo6ble KIeTOYHbIe OpPTaHe/Ibl U CTPYKTYPHI: SAfpa,
SPBILIKY, XPOMATUH, sifiepHble 000T0YKY, [/Ia3MaTUYeCKYI0 MeMOpaHy, BaKyo/u
9H/OIIa3MAaTUYECKOTO PETUKY/IyMa, ero puboCoMBI, pr6OCOMBI TMaIOI/Ia3MBbl, all-
napat [onbmky, MUTOXOH/PUM, X MeMOpaHbl, IIACTU/BI, TIEPOKCHCOMBI, MUKPO-
TPyOOUKM U T.JA., U T.I.. B moc/efHee BpeMsi OMyYeHbl YMCThie GPAKINY LIEHTPHUO-
7ieNl U AREPHBIX IOP.

[TonyuyeHne KIeTOYHBIX (ppakuMii HauMHAETCA C OOLIero paspyleHNs KIeTKI,
c ee TOMOTeHM3aLuu. 3aTeM 13 TOMOT€HATOB y>kKe MOXKHO BbIJeNATh ppakiuu. OnuH
U3 OCHOBHBIX CIOCOOOB BBIJie/ICHNsI KI€TOYHBIX CTPYKTYp — AnddepeHmannb-
Hoe (paspenurenbHoe) meHTpudyruposanne. Ilpu neHTpudyrupoBanumn panblie
Bcero 1 npu HeGonpmux (1-3 ThIC. g§) YCKOPEHUAX OCARYT AApa M HepaspylleH-
Hble KIeTKM, mpyu 15-30 ThIC. g OCAAYT KPYIHBIE YACTHUIIBI, MAKPOCOMBI, COCTOS-
IjMe U3 MUTOXOHZPUI, MEJIKUX I/TACTHU]], IEPOKCUCOM, TU30COM 1 AAp., Ipu 50 ThIC.
g OCAAYT MUKPOCOMBI, GparMeHThl BaKyOISAPHON CUCTeMBbI KleTku. [Ipu moBTop-
HOM JpOOHOM LIeHTpUYTUPOBAHMM ITUX CMEUIAaHHBIX MOAPPAKIMIT MOXKHO HOJTY-
9UTh YUCThIe PPaKIUN.

[Tpexxzie YeM aHAMM3MPOBATD BbIe/TeHHbIe QPAKLMY OMOXMMIYECKIMH CIOCOOam,
HeoOXO/MIMO IIPOBEPUTD UX Ha YUCTOTY C HOMOLIIBIO 3JIEKTPOHHOTO MUKPOCKOIIA.
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ITony4eHne OT/e/IbHBIX KI€TOUYHBIX KOMIIOHEHTOB JIJaéT BO3MOXKHOCTb M3Yy4aTh UX
O6moxymuio 1 QpyHKIMOHANIbHBIE 0COOEHHOCTH. Tak MOXKHO CO3[jaTh OecKknemouHyo
cucmemy st pub0CoOM, KOTOpbIe OYAYT CUHTe3MpOBaTh O€/IOK 10 3aaHHOI 9KCIIepH-
MeHTaTtopoM nHpopmannonHoit PHK, BblfeneHHble MUTOXOHAPUM B MOZOOPAHHBIX
YCIIOBUSIX MOTYT OCYLIeCTBIATL cuHTe3 AT®D, Ha BbI/IeIeHHOM XpOMAaTIHe IIPY Y9aCcTUN
COOTBETCTBYIOLINX (epMEHTOB MOXeT IpoucxoguTb cuate3 PHK n T. 1.

B nmocrnenHee BpeMs IpUMEHSAIOT 6€CKIeTOYHbIE CHCTEMBI JI1 BOCCO3[aHNA KIeTOY-
HBIX Ha/IMOJIEKY/IAPHBIX CTPYKTYP. Tak, B 9KCTpaKTax IIMTOI/Ia3Mbl NI 3eMHOBOHbIX
WIM IUL MOPCKUX €XKell, OUMILeHHBIX OT IPaHyJI >Ke/lITKa, MOYKHO IIOTYINTb AAPa C Afep-
HOJT 060/109KOI1 113 BBEJICHHOI B 9Ty 6eckIeTouHyIo cucteMy yxeponHoi JHK. Takas
ITHK cBs3piBaeTcs ¢ 6€KaMI-TUCTOHAMY, KOTOPbIE €CThb B M30BITKE B TAKOM 9KCTPaKTe,
Ipy 3TOM 06pasyeTcsa XpOMaTuH (Je30KCUPUOOHYKIeONPOTeN ), KOTOPbIil TIOKPbIBa-
eTCs IBOITHOI MeMOPaHHOIT 000/I0UKOIA, Hecy1Lell laxke sfiepHble MopblL. Takue Mofenb-
HbI€ CYCTEMbI IIOMOTAIOT MI3y4aTh TOHKIIE, IHTMMHbIE IIPOLeCChl, HAIIpYMepP TPAHCIIOPT
MaKpOMOJIEKYJI M3 LIMTOIUIa3MBbl B ANPO ¥ HA000POT. B IMTONIa3MaTNIeCKMX SKCTPAK-
Tax fAUL 3eMHOBOJHBIX U UIIOKOXKMX TaKle AApa MOTYT NMEePUOANYECKN JeUTbCA IIy-
TEM MIUTO3a. DTV MOJIE/IN BHECTM OTPOMHBIN BK/IAZl B pacuM(ppOBKY IPUPOADLI peTyIs-
LMY KJIETOYHOT'O IIUKJIA.



Yactob
CTPOEHUE U XUMIA
KJNIETOYHOI'O A1PA

naBa 4

Mopdonorua agepHbIX CTPYKTYp

1. Ponb AQCPHDLIX CTPYKTYP B XN3HeAATEIbHOCTU KNETKN

Korpga MbI paccMaTpuBaeM K/IeTKY KaK eAMHYIO CUCTeMY GYHKIMOHAIbHBIX eHNIILI,
TO Ka)KJas U3 HUX IIPEACTAB/IACT, B CBOIO OYepelib, HOBYIO CUCTEMY WX MOPHOdYyHK-
IVIOHA/IbHYIO TIoAcucTeMy. Tak, Apo cpeay APYIMX CTPYKTYp K/I€TKM — MHOTOKOM-
MOHEHTHAsI CUCTeMa XpaHEeHNUs, BOCIPOM3BENEHMsI U peanusalyy reHeTUIeCKOoil MH-
dbopmanny, cocrosmas U3 XpoMocoM (MHTepda3HbII XPOMATUH), IIPOXYKTOB UX aK-
TUBHOCTH, SAJIePHOIT 000IOYKY, AIePHOT0 O€IKOBOTO MaTPMKCA U IOMOTHUTEIbHBIX (HO
006513aTeNbHBIX) KOMITOHEHTOB.

[ToHnMaHMe ponu sfipa B >KU3HEEATEIBHOCTI KIETKM ObIIO IOTydYeHO He Cpasy.
KnerouHoe spo kKak 06s3aTenbHas CTPYKTypa ObUIO OIMCAaHO B paboTax GoTaHMKa
P. Bpayna (1833) emuge o nonHoro ¢popmynupoBanus kiaetoqnoit Teopun T. IlIBanHa.
BHauase sapy npummceiBanach porib HEKOTO I[EHTPA, BOKPYT KOTOPOrO KOHAEHCUPY-
eTCsl «3€PHICTAst Macca», YTO U IPUBOAUT K 0OPa3OBaHMIO KJIeTKY (Teopus «IuUTo6Ia-
crembl» M. Illneiinena). OpHaxo yxe B 1858 1. P. BupxoB, IpOoTMBHIK caM03apOXK/IeHN A
XKVMBOTO ¥ KJIETK! B TOM YVCJIe, BBIIBMHYJI TE3UIC O TOM, YTO «AAPO B KJIETKE UTPAET POJIb
Ype3BBIYATHO BOKHYIO, ... ¥ IPUTOM He CTO/Ib BOXKHYIO [UIs OTIIPABJIEHS, /IS CIIELIV-
aJIbHOIL pabOTBHI KJIeTKM, CKOJIBKO /11 COXPAHEHVSI U Pa3MHOXKEHNA ee KaK SKUBOTO 9JIe-
MeHTa». IlepBas 4acTb 3TOrO Te3Mca B Jja/bHEIIIEM HOMy4n/Ia IOJTHOE IOATBepKie-
HIIE, T. K. TeIIePb TOYHO 3HAEM, UTO BCe «CIelanbHble PabOThI KIETKI» OIIPEesIoTCs
Oe/IKaMu, CBOJICTBA KOTOPBIX F€HETUYECKN [eTePMUHIPOBAHbI SIIEPHBIMU XPOMOCOM-
HBIMJ KOMIIOHeHTaMM. Bropas dacTb yTBepx/jeHus BupxoBa uMeeT orpoMHOe 3Hade-
HIE JIO CEeTO JHA: ANPO ABACTCA CTPYKTYPOIl XpaHEHVS Y BOCIIPOU3BEIEHMs TeHEeTH-
4ecKoil MHPOpMALINH.

[IpuBeneHHBIN B I7TaBe 2 KPAaTKMit 0630p OCHOBHBIX IIPOL[ECCOB, CBA3AHHBIX C CMH-
Te30M 0eJIKa, B IMIPUHIINIIE OVIHAKOBBIX Y BCeX (OPM XKMBOTO, YKasbIBaeT Ha 0coboe
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3Ha4YeHue KJIeTOYHOTO sAfipa. SIApo oCylecTB/IAeT ABe TPYNIIbl OOIUX QYHKINIL: OFHY,
CBSI3aHHYIO COOCTBEHHO C XpaHEHMeM IeHeTN4ecKoll nHpopMaLuy, pyryo — C ee pe-
anmsanuernn, ¢ obecliedeHneM CHTE3a OeKa.

B nepBylo rpynmny BXOAAT IPOLECCHI, CBA3aHHbIE C IOAAep>KaHMeM HaCIeCTBEH-
HoI MHGOpManuu B Bije HeuaMeHHON cTpykTyphl [JHK. OTu mpoueccsl cBs3aHbI ¢
Ha/M4yyeM TaK Ha3blBaeMbIX pelapallOHHBIX (epMEHTOB, MMKBUAVPYIOUINX CIOH-
TaHHBIe oBpexieHna Monekynsl JHK (paspois ognoit n3 neneit JTHK, wacTs pagna-
IIVIOHHBIX MOBPEX/EHNII), YTO coxpaHsaeT cTpoeHne monekyn JHK npakrtundeckn He-
U3MEHHBIM B PAJY IOKONEHNI K/IeTOK UM OpTaHU3MOB. [lasee, B Afjpe IPONCXOANUT
BOCIIPON3BeIeHNe VN PeRyIUIMKAIVA 1 pasbefinHenne (cerperanns) monexyn JTHK,
YTO JaeT BO3SMOXKHOCTD JBYM K/I€TKaM IIOJTyYUTh COBEPIIEHHO OJMHAKOBBIE U B Kaye-
CTBEHHOM J KOIMYEeCTBEHHOM CMBIC/Ie 00beMbl TeHeTH4ecKoll nHpopmanyn. B appe
9YKapMOT MPOMCXOAAT IIPOLECCH N3MEHEHNA M PeKOMOMHAIMN TeHeTUIEeCKOTO Ma-
Tepuasa, YTo HabIIfaeTcs BO BpeMs Meito3a (kpoccunrosep). Hakonen, sapa He-
IIOCPEeICTBEHHO Y4YacTBYIOT B IIpolleccax pacnpepenenus monekyn JHK npu pene-
HUM KIEeTOK.

Jpyroii rpynmoit K/1eTOYHBIX IPOL[eCCOB, 00eCIeYNBAIONINXCA AKTUBHOCTDIO A/pa,
ABJIAETCA CO3/laHNe COOCTBEHHOTO annapara 6e/IKOBOro CuHTe3a. DTO He TOIbKO CHH-
Tes, TpaHckpunius Ha Monekynax [THK pasusix nanpopmanmonnsix PHK, Ho Taxxe
TpaHckpunuusa Bcex BugoB tpancdepusix PHK n pn6ocomusix PHK. B appax ay-
KapMOTUYECKUX K/I€TOK IMPOMCXOAUT «CO3peBaHMe» (IIPOIeCCUHT, CIIAMICUHT) TIep-
BUYHBIX TPAHCKPUIITOB. B sAlpe 9ykapuoT IMPOMCXOANUT TaKxe oOpasoBaHue CyODb-
eIVHNL, p6OCOM IyTeM KOMIUIEKCUPOBAHNUA CUHTE3MPOBAHHBIX B AJpPbILIKe pudo-
comubix PHK ¢ pu6ocomubIMu 6ekamu, KOTOpble CMHTe3UPYIOTCA B IIUTOIIA3Me 1
HepeHoCATCs B ARPo. TakuM 06pa3oMm, sAfpo MpencTaBIseT o0l He TOIbKO BMECTH-
NyIle TeHETUYIECKOTO MaTepuaa, HO ¥ MeCTO, T/ie 3TOT MaTepuaa BOCIPOU3BOSUTCSA
u pyHkunonupyert. [ToaToMy BblnajieHye nIm HapylleHye 10060 U3 epedrcIeHHbIX
BbIllle QYHKUMIT TMOETbHO I KIeTKU B Iie/loM. Tak, HapylleHue pernapanyioHHbIX
IpoIleccoB OyzieT MPUBOANUTD K M3MEeHEHMIO TTepB1ryHO cTpyKTypsl JJHK 1 aBTOMa-
TUYECKM K MISMEHEHMIO CTPYKTYPbI 6€/IKOB, 4TO HEIIPEMEHHO CKa)KeTCsA Ha UX CIel-
¢dudeckoil aKTMBHOCTHU, KOTOpasi MOXeT IIPOCTO MCYE3HYTb MV M3MEHUTHCA TaK,
4TO He OymeT obecneunBaTh KIeTOYHbIe QYHKINM, B pe3y/IbTaTe 4ero KjaeTKa IOTM-
6aet. Hapymenus penymmukanuyu JJHK npuBenyT K oCTaHOBKe pa3MHOXEHUsA Kile-
TOK VIV K ITOSIB/IEHMIO KJIETOK C HEITOJTHOLIeHHBIM Ha0OpOM reHeTn4YecKoii mHdopma-
VIV, YTO TOXe I'MOe/bHO i KTeTok. K TakoMy >ke pe3y/IbTaTy IpuBefieT HapylLIeHne
IPOLIeCCOB pacHpeseneHnsA reHeTndeckoro Mmarepuana (monexyn JHK) npu nenennn
KJIETOK. Brinagenue B pesynpraTe NopakeHUA ALpa UM B CIydae HapyLIeHUIT KaKUX-
760 peryIATOPHBIX IpoleccoB cuHTe3a moboit popmbr PHK aBTOMaTmueckn npu-
BefleT K OCTAaHOBKe CMHTe3a Oe/IKa B KJIeTKe, VIV K TPYObIM ero HapyIIeHNAM.

Bce oT0 yKaspiBaeT Ha Befylllee 3HaUeHME ANEPHBIX CTPYKTYpP B Ipoljeccax, CBA-
3aHHBIX C CMHTE30M HYK/IEMHOBBIX KUCIIOT 1 6€/IKOB — OCHOBHBIX (YHKIIIOHEPOB B
JKM3HeNeATeTbHOCTY KIeTKMN.

OpHako HeoOXOAVIMO ellle pa3 IMOAYEPKHYTb, YTO (PYHKIMOHMpOBaHNE AApa
KaK CUCTeMbl XpaHEHMSA U peajM3aluy TeHeTHYecKoil MHPOPMaLUM COMPSIKEHO,
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HEPA3pPbIBHO CBA3aHO C APYTUMU (l)YHKIlI/IOHaJIbeIMI/I CCTeMaMI KJIETKH, KOTOpbIE
obecreynBaroT pa60Ty Aapa cruennaabHbIMU 6€}IKaMI/I, IIOTOKOM NpenmeCcTBEHHN-

KOB, 9HEpruei u mp.

2, finepHbie KOMMNOHEHTbI NPOKapUoT

Kak YK€ TOBOPUJIOCH, KJIETKN LIAapCTBa IIPOKAPMOTUYECKUX, VMM «TOAOEPHBIX», Op-
raHM3MOB He UMMEIT 000CO0/IEHHOr0 KIETOYHOIO Appa. OI[H&KO Y BCE€X IPOKapnoOTn-
YE€CKUX KJIETOK €CTb aHaJIOT AApa 9yKapMnoT, KOTOprﬁ[ HOCHUT Ha3BaHIE nyneoub, mm

Puc. 4.1. baktepunanbHbIn Hy-
Kneomp Ha cpese Knetku Pro-
pionibacterium shermanii:

1 — HyKneoup; 2 — nnasmatuye-
CKas MembpaHa; 3 — pnbocombl

Hykneonnasma. Hykneonn ImpoKapyoT MOXKHO OTHECTM K
COOCTBEHHO SAJEPHBIM CTPYKTypaM U3-3a TOTO, YTO OH CO-
pepxut JHK. Hykneous fOCTaTOYHO 4eTKO BBIABIIAETCS
B CBETOBOM MMKPOCKOIIE TIOCTIe CIIeny(udecKor OKpacKu
Ha THK no merony ®énbrena mwim mpu okpacke ¢ayopox-
pomamu. Ero MoxHO HabmofaTh 1 ¢ TOMOIIbI0 (Ha3oBo-
KOHTPACTHOTO YCTPOJCTBA Y KPYIHBIX OaKTepuit IV CUHe-
3€JIeHBIX BOJOPOCIIElT, KaK TeMHOoe U 6ojiee KOHTpPacTHOe
obpasoBaHMe B CpeAVHHOI YacTy KieTku. Ha ynprparoH-
KIX Cpe3ax 30Ha HYK/Ieoujia IpefCTaB/IeHa TOHKUMY PbIX-
nbIMU ceTaMu GubpwI TonuHOI 2-7 HM (puc. 4.1). Ora
30Ha HyKneouod, VI HYKneonnasmvl, Ha YIbTPaTOHKUX
cpesax cBOOOJHA OT APYTUX CTPYKTYpP M BBHIIJIAAUT Oojee
CBET/ION II0 CPAaBHEHMIO C OKPYXKAIOI[eil IIMTOIIa3MOit, 3a-
IIOTHEeHHOII pr60COMaMM, Pa3IMYHBIMI I'PAaHY/IAMI U MEM-
Opanamu. VIHOrja Ha cpe3ax MO>KHO HaO/IIOaTh KOHTAKTHI
¢bubpu1 HyK/Ieoua ¢ IIa3MaTUIecKoil MeMOpaHoIi, ¢ ee
BBIPOCTAMIL.

Hyxneonnpl 6akTepuil MO>KHO BBIIETIUTH, X COCTaB U
CTPYKTYpa U3y4eHbI JOBOIbHO MOAPOOHO, oHM Ha 80% co-
croar us [JHK, xpome KoTOpoit 06HapY>KMBAIOTCS pasind-
uble 6enku (20%) u PHK.

Komuectso IHK B mpoxapnoTndecknx KIeTKax 3Ha4IM-
TE/IbHO MEHblIle, 4eM B KJIeTKax ayKapuort. Hanpumep, 6ax-
tepus E. coli cogepxur 5-107° nr', win 4,2 - 10° n.u. JHK,
KoTopas KogupyeT okono 2000 reHoB, B TO BpeMs KakK B Afpe
KJIETKY 4e/IoBeKa CofiepKuTcst okono 6 ur (7 - 10° mu. JTHK,

YTO COOTBETCTBYeT OrpoMHOMY (10°) Unciy reHoB.

C nomompio MeTozia afnoaBToprpaduy Medensx Monekyn JHK B ceeTroBoM Mu-
KpocKorie 6710 06Hapy)keHO, uTo bakTepuanbubie JTHK npencrasnsior coboit 3aM-
KHyTble IUK/bL (puc. 4.2). ¥ E. coli mepumMeTp Takoro KoJjblia COCTaBJIsET OKOJIO

' Epunnust uamepennsa JHK: or — 11072 r; Ja — 1,672 1; 1 HykmeorugHas mapa (Ha.) — 1 - 10°

II, BenuuunHa H.11. ~0,34 HM.
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Puc. 4.2. Pennukauma xpomocomsi E. coli:

1 — wncxopgHaa [HK KonbueBoW XpPOMOCOMbI;
2, 3 — BUNKW pennunkaumun; 4 — BHOBb CUHTE3N-
pOBaHHble yyacTKu

1,6 M 1 cUMTaeTcs, YTO Ha K/IEeTKY NPUXOAUTCA OfJHA TMTAaHTCKasA LUKINIeCcKas MO-
nexyna [IHK, ogHa 6akTepuanbHas XpoMOCOMa WM TeHOPOP € MOIEKY/IAPHOIL Mac-
coit 4 - 10° [I. Camas ManeHbKas 6akTepuaabHas XpoMOcoMa 0OHapy>KeHa B K/IeTKax
MukortasMbl — 0,25 MM (s cpaBHenus, ainuHa [JTHK Ha ogHYy XpoMocomy aykapuo-
TUYECKOI APOXK>KeBOI K/IETKM COCTABIIAET OKOIO 4,6 MM, a y 4enmoBeka — 40 mm (!)
B 1 XpomMocoMme).

Y psapa 6akrepuii, HanpuMep Yy B. subtilis, umeeTcss ot 2 0 9 OAMHAKOBBIX Mosie-
ky1 JHK 1 cooTBeTCTBeHHO HECKO/IBKO HYK/IeOusioB. B ipyrux cny4asx (Azotobacter
vinelandii) okono 40 XpoMOCOM OpPraHNM30BaHBI B OVH HYKJICOW/,.

C nomoipio aBTopagnorpaduIeckoi MeTOAUKN ObIIO TaKXKe 0OHAPY>KEHO, YTO pe-
IUIMKAIVS TaKol KOJbIeBOJ XpoMocoMbl y E. coli HaumHaeTCs Ha OJJHON VICXOJTHOI
(origin) TOYKe peIrIMKaIVM, 0Opas3yloTcs /IBe PeIUIMKAIMOHHbIe BWJIKU, KOTOpPbIE 110
Mmepe cunTe3a JHK nBIOKyTCA BILOMb MOEKY/IbL O TePMIHA/IbHON, KOHEYHON TOYKI
(puc. 4.3). Tem cambIM BcA Takas ruraHTckas monekyna JHK npencrasnsaeT eguHumy
permkanuyu — penaukox. CKOPOCTb peIUmMKauuy y GakTepuil COCTaB/IseT OKOJIO
30 MKM/MIH, 9TO COIJIACYeTCs CO BpeMeHeM Y[IBOE€HUA K/IETOK, PaBHBIM OK0JIO 40 MIH.

BaxTepuabHbIe XpPOMOCOMBI BCET/ja CBA3aHBI € IUIa3MaTUYeCKOI MeMOpaHoIt yepes
crienduyecke MeMOpaHHbIe 6eKy, KoTopble B3anMopericTByor ¢ [JHK B 30He cTapTa
ee CIHTe3a. B poliecce K71eTOYHOTO fle/leHNA CYIIeCTBEHHBIX I3MEHEeHN 1 B KOMIIaKTHO-
CTV HYK/ICOI/Ia3MbI He HaO/TI0fIaeTCs, B OT/INYME OT 9YKapMOTUIECKIX XPOMOCOM.

Takue xonbuessie Monekynbl JHK 6akrepuit ObUIM IIOTyYeHBI IIPU HOMHOM yHa-
JIEHUN 6eHKOB (,]IerOTeI/IHI/IE}aI_U/IH). Ecmu xe N3y4aTb BbIEJI€HHDBIE II€/IbIE€ HYKJIEO-
U/bl OAKTEpUil, TO OHU NPEACTAB/IAIT COOO0IT Te/la, COCTOALIVE 13 MHOTOUYVICTIEHHBIX

Puc. 4.3. Xpomocoma 6akTepuanbHO KNETKM CBA3aHa C Mia3MaTyeckoll MeMOpaHoii B TOUKe Havana pe-
MAVKaLMM B TEUEHWE BCETO KNETOUHOTO LinKa:

1 — [HK xpomocombl (Hykneouga); 2 — TOUKM Hauyana penamkaLuum
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CYNepCMPaNN30BAHHBIX IeTelb
IOHK, oTxomgmmx OT IUIOTHOM
LeHTpabHOI o6macTu (puc. 4.4).
B opHy Takyio MeT/II0, U NOMEH,
Bxogut go 10-15 mxm THK, mnn
okomo 40 000 H.1., a BCero Takux
nerenb — okomno 120.

O6paboTka BBII€NICHHBIX HY-
kieonpgos PHK-asoit u mporeonu-
TUYeCKUMHU (depMeHTaMI IMPUBO-
IVT K Pa3pbIX/IeHNIO [[eHTpalbHOI
0071acT! HYK/IEOUIOB, @ KOPOTKAs
obpaborka [JHK-azoit — Kk cHi-

Puc. 4.4. Mopgenb KoHfeHcauuy 6akTepuanbHoli xpomoco-  TUIO CBEPXCIMPANM3aluy IeTeNb,

Mbl:

" [EKOMIIaKTM3alluy BCEro HY-

a — KoJbueBaAa XpoMoCcoMa; 6 — 6OKOBblE CLUVBKM o6pa3y|oT net- Kjeoupga. TaKI/[M 06p330M’ 6131}10
JleBble OMEHbI; 8 — CBepXCnupann3auna LOMeEHOB, 2 1 0— pasnny-

Hble (I)OprI AEeKOHAeHCaumn Hykneonaa

Puc. 4.5. Cxema opraHu3aumm Hykneo-
nfa 6akTepuanbHoOM KNeTku:

1 — netneBble fomeHbl AHK; 2 — puboco-
Mbl Ha BHOBb CUHTE3MPOBAHHbIX MONIeKynax
UPHK; 3 — prbocombl yuTonnasmbl

[I0OKa3aHO, YTO KOMIIAaKTU3aluA
HYK/IeOUJIa CBsA3aHA C Ha/ln4yueMm
cBsA30K, copepxamux PHK u He-

KoTOopble Oenky. TeM caMbIM IMIaHTCKas KOJblie-

Basg MoOJIeKyna — XxpomocoMa ¢ nomombio PHK n

0e/IKOB MHOTOKPATHO CKJ/IafIbIBAeTCsI, 00pas3ysi MHO-

rouyncnennsle netny, JHK xoTopsix nopsepraeTcs

CBEpXCNIMPANuU3alU, YTO MPUBOAUT K 3HAYUTENb-

HOJ KOMIIAKTM3aLMM BCETO KOMIIIEKCA, KOTOPDIl

U TpepncraBiaAeT coboit Hykmeoua. CTeleHb KOM-

naktusanyu [JHK B Hykmeoupe Gakrepmit goCTH-

raeT 1000 xpat, a konnenTpauus JHK goxomut fo

10 mr/mm (!).

Heobxonymo noguepkHyTh, uto yacth [JHK Hy-
KJIeoM/la CBsA3aHA C HEOOJIbIIVM YMCIOM CIIeIVIajib-
HBIX OCHOBHBIX 0€/IKOB, OT/INYHBIX OT I'VICTOHOB 3Y-
kapuoT. OflHa MOJIeKy/Ia OJHOTO U3 TaKuUX OeIKOB
(H-NS) npuxonurcs na 400 u.m. THK.

C nmetnamu JJHK nHykneonpa cBszaHo 607mbInoe
YIC/IO MOTIEKYTI Pa3NIMYHbIX cMHTe3upyeMbix PHK u
pubocoM, KoTopble 0OHAPYXMBAIOTCS 1O Tepude-
UM HYK/IEOITa3MBl.

OpnHa 13 Mopiennert OpraHM3any HyK/Ieouja Ipef-
IIOJIaraeT, YTO LieHTPaIbHAsA ero YacTb IIpefcTaBlIeHa
HeaKTMBHOI 1 cBepxcnupannsosanHoit [IHK, Torga
KaK II0 ero nepudepuyt pacroloXeHbl Aecupan-
30BaHHbBIE NET/IN, Ha KOTOPBIX MPONCXOOUT CHUHTE3
pasmunbix PHK (puc. 4.5).
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OTnnunuTenbHas YepTa AfEPHBIX CTPYK-
TYp NPOKApUOT B TOM, YTO Y HUX CUHTE3
PHK u cunTe3 6e/ika MOXKeT IPOMCXOANTD
OITHOBPEMEHHO: pUOOCOMBI CBA3BIBAIOTCS
C elle He JI0 KOHIIA CUHTE3MPOBAaHHBIMU
monekynamu MPHK m mpowmssopar Ha
HUX cuHTe3 Oenka. TakuM o6pasom BoO3-
HMKAeT TPOVICTBEHHBIN CUHTETUYECKUI
komiuiekc: JIHK — cunTesupyromas nenb  Puc. 4.6. OpHoBpemeHHaa TpaHckpunuyma uPHK
PHK — pr60CoMBI C CHHTe3MpyeMoit o~ ¥ CMHTesa Genka Ha ydacTke 6aKTepuanbHOro Hy-

o o Kneovpaa:

NUIIENTUIHON Lerodkoii (puc. 4.6). Takas

1 — [HK; 2 — PHK-nonnmepasa; 3 — uPHK; 4 — puboco-
CI/[TyaLH/IH BO3MO>XHa 1MIb B TOM cnyqae, .

Ma; 5 — nonunenTug
Korma o6pa3y101uaﬂc;1 Monexkyna uPHK
He IIOfiBepraeTcsl AanbHelmeir Mopudu-
KaIyyl TUIIA [IPOILeCCUHTA, XapaKTePHOTO /ISl 9YKapMOTUIECKMX KIETOK (CM. HIXKe).
Y mpokapmoToB, TaKMM 00pa3oM, MPOLIECChl TPAHCKPUIIIIUN U TPAHCISIUY He pa3o6-
LIEHbl TEPPUTOPUATIBHO, B TO BPEMA KaK y 9yKapMOTUMYECKUX KIIETOK 3T IPOLECCHI
IPOTEKAIOT B /IBYX Pa3HbIX KOMIIAPTMEHTAX, Pas3/ie/IeHHbIX CIIeLaIbHOI sIiepHOI 060-
JIOUKOIA.

Ornnyaerca nosefieHNe AI€PHOTO MaTepuasa IPOKAPMOTOB OT TAKOBOTO 9yKapuOT
IIPY JieTIeHNM KJIETKU M B Te4eHNe KJIETOYHOTO IMKJIA.

Knemounwoul yuxm — smo 8pemsi Cyu,ectneosanusi Kaemxu om 0eneHus 00 0eneHus.
Kak y>ke yKkaspIBa/loCh, ie/ieHIe BCeX TUIIOB KIeTOK IIPOMCXOAMUT TONbKO TIOC/Ie YiiBOe-
uust [THK. V 6aktepnit yacto caM mpotiecc pasfeneHus Tena KIeTKN, IUTOTOMMS, He
cBs3aHa ¢ oKoH4YaHMeM cuHTe3a JHK, T.K. o HacTyIIeHNA KI€TOYHOTO Ae/IeHNS MO-
JKeT HauaTbCs BTOPOI M Jaxke TpeTtuii paynp permkauyy JHK. B pesynbprare Takoro
6ecnpepsiBroro cuuresa [JHK B 6picTpo pacTymux Ky/nIbTypax Ha KaXKAyI0 pasfiennB-
HIYIOCA KJIETKY IPUXOAMUTCSA OfHA KO/bIleBas XpOMOCOMa Ha IPOMEXXYTOYHBIX CTaAMAX
ee JJaJIbHeNIIIero yABOeHM, T.e. KaK/jasl JOUePHsIA KJIeTKa Cpasy I10cTe JelleHNs yKe Co-
Iep>KUT YaCTUYHO PelINIPOBaHHbIN T€HOM.

[Tpn menenuu GaKkTepuanbHBIX KIETOK He TPOUCXOANUT 0coboit koumeHcanun [JTHK
B cocTaBe HyK/Ieoupa. Ilo Mepe pocTa KeTKH B JJIMHY 30HA HYK/IEOMA IIOC/Ie CHTEe3a
IOHK yBenmmumBaeTcsi, a 3aTeM JJeUTCs C IOMOIIBIO CIIelaabHOro Mexanmnsma. O60-
cobreH1e U pazbeVIHEHME JBYX JOYEPHMX XPOMOCOM CBSA3aHO C PACXOXK/JEHUEM MeCT
IPUKpPeIIeHVSI XPOMOCOM K I/Ia3MaTH4ecKoil MeMOpaHe (cM. HIXKe).

3. iapo syKapnoTuyecKux KneTok

CaMm TepMuH «sIapo» BiepBble OblI prMeHed bpaynoM B 1833 1. i1 0603HaueHMs
LIapOBUIHBIX ITIOCTOAHHBIX CTPYKTYP B KJI€TKax pacTeHuil. [losgHee Takyro >Ke CTPyK-
TYPY OIMCA/IN BO BCEX KIETKAX BBICIINX OPTaHU3MOB.

OpHako Afipa KaK TaKOBbIe He BCErJia BUGHBI B K/IeTKaX. ITO 3aBMICUT OT CTaiNM Pas-
BUTHA KIETKM M OT CTafyM KI€TOYHOTO LKA (CM. HIDKe). SIipa BBIABIAIOTCA 4dalie
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BCETO B BUJie MIAPOBY/IHBIX 00pa3oBaHuil B T.H. uHmepgdase (Vv 10 CTAPOIl TEPMUHO-
JIOTUU B «HOKOAULUXCA» KneTkax). Ha camoM fiene sTu «mmokosAmmecs», uiav nHTepdas-
Hble, S/[pa HAXOAATCSA B CAMOM aKTMBHOM COCTOSIHMH, T.K. IMEHHO B MHTepdase mpo-
UCXOJAT BCe NPOLIecChl, CBA3aHHbIe ¢ reHeTndeckoli ponbio [JHK: pegymnukanym [JHK,
TpaHckpunuuy Bcex BunoB PHK, o6pasoBanne cy6bpenuumnL pubocoM, CMHTE3 OTpOM-
HOTO 41C/Ia Oe/IKOB.

Korpa keTka nepexofur K Ie/eHNnIo, BCe CMHTeTUYeCKIe IIPOLeCChl B Afpe MpeKpa-
I[AIOTCA (3TO Ha CAMOM Jiefie M €CTh «IIOKOALIeeCs» COCTOSHIE XPOMOCOM), & CaMo AZIPO
HepecTpanBaeTcs ¥ HaCTYIAIOT (a3bl KIETOYHOTO JIeJIeHVSI — MUTO3 WM KapUOKMHES.
VIMeHHO B 3TO BpeM: IPOMCXOANUT MOP(OIOrMIecKoe BbIABIEHIE XPOMOCOM, X PacXo-
XKJIeHNe 1 JielleHNe Tena KIeTky (IuTokuHes). TakuM 06pasoM, B XKIM3HU KJIETOK CYlIle-
CTBYeT 2 COCTOSHMSA: MHTep(daza — BPEeMEHHON IPOMEXYTOK MEXY KIeTOUHBIMIU Jie-
JIEHMAMM U COOCTBEHHO (ha3a BBISAB/ICHNA MUTOTUYECKUX XPOMOCOM. OOBIYHO MHTEp-
¢dasa — Hamboee HONTOBPEMEHHOE COCTOSHNE K/IETOK.

SAnepHbIil anmapaT 9yKapMOTUYECKNUX K/I€TOK MMeeT AL OTAMYNIA OT IIPOKAPUOTH-
yeckux. Bo-nepsbix, [THK-copmep>kammmit KOMIIOHEHT OT/ie/IeH OT IIVITOIIa3Mbl CIIeIIV-
aJIBHOI 000/109KO0T — s0epHOil 060104k 01l; BO-BTOPBIX, KommdecTBo JHK B sappax ay-
KapyoT B THICAYM pa3 Oo/bllle, YeM B COCTaBe HyK/IeonioB bakTepuit; B-tpeTbux, JTHK
9YKapMOT NpeACTaB/sAeT cOOO0M CIOKHBI HYK/IEOHPOTEUIHBIN KOMIIIEKC, 06pasylo-
Ui CHELUAIbHYI0 CTPYKTYPY — XPOMAmMuH, U3 KOTOPOTO M COCTOAT SYKapUOTHde-
CKIIe XpOMOCOMBL. [lajiee — B COCTaB Afiep 9yKapMOT BXOAAT HECKO/IBKO (PM3NIECKN He
CBA3aHHBIX XPOMOCOM, KaXK/Iasl U3 KOTOPBIX COAEP)KUT OfHY IMHEHYI0 TUTAaHTCKYIO
monekyny [THK. Kaxxgas xpomocomuas [THK npencrasiseT co60it ONMpenInKOHHY0
CTPYKTYPY, T.€. COLEP>KUT MHOXKECTB aBTOHOMHO PeIUIMIMPYIOMNXCS y4acTKoB. CHH-
Te3 1 0Opa3oBaHue TPAHCKPUIITOB 9YKAPUOTUYECKUX KJIETOK COIPOBOXKJAETCA IPO-
[jecCaMyl BTOPMYHOI VX INEPeCcTPOVIKM, «CO3PEBaHMs», BKIIOYAIIINX KaK (parMeH-
Tanuio (IPOIECCUHT), TaK U CpaluBaHue oTaenbHbix ¢hparmentos JHK (crimaitcusr).
HaxoHer, B Afpax He IPOMCXOAUT CHHTe3a O€/IKOB, T.e. B 9YKapUOTUYECKNX K/IeTKaX
npoueccol cuntesa [IHK 1 PHK paso6iiens! oT nporiecca cuHTe3a 6€/IKOB.

KrnetouHoe s11po, 0OBIYHO OTHO Ha K/IETKY (eCThb IIpYMepbl MHOTOSI/IepHBIX KJIETOK),
COCTOUT U3 A0epHOti 0600/104KU, OT/IETIAIONIEI €TO OT LUTOIIA3Mbl, XpomMamuna (Mate-
puana nHTepdas3HbIX XPOMOCOM), AAPHINIKA U IPYTYUX IPOAYKTOB CHTETUYECKOI aK-
TUBHOCTH, 0epH020 Genk06020 ocmosa (mampuxca) u Kapuonnazmor (Unu s0epHo2o
coka) (puc. 4.7). DTu OCHOBHbIe KOMIIOHEHTHI BCTPEYAIOTCS MIPAKTUIECKY BO BCEX Hefle-
JIAIIXCA K/IeTKAX 9YKapUOTUYECKUX OJHO- VI MHOTOK/IETOYHBIX OPTaHV3MOB.

[’1aBHBII KOMIIOHEHT SAfiep, XPOMATVH, AB/IACTCA CTPYKTYPOIL, BBITOTHAIOI el TeHEe TH -
4ecKy1o QYHKIMIO KIeTK, B xpoMmarnHooii JHK 3amoskeHa mpakTidecky BcA TeHeTHYe-
ckasA nHpopManys. SnepHas 0600UKa BBIIOTHAET CIOXKHYI0 6apbepPHO-PELleNTOPHYIO,
a TaKoKe TPAHCIIOPTHYIO U KapKacHyIo (yHKII0. HeXpoMaTHHOBBII s/jepHbIN Oe/Ko-
BBl OCTOB — Mampukc — obecredrBaeT He TOIbKO IPOCTPAHCTBEHHOE PACIIONIOKEHIIe
XPOMOCOM B sjpe, HO U1 y4acTBYeT B UX (QYHKIMOHAIbHOI aKTMBHOCTI. OJHNM U3 XPO-
MOCOMHBIX Y4aCTKOB, onpege/stomux cunte3 pPHK n o6pasoBanme k1eTouHbIX pubo-
coM, ABJIAeTCA A0Pviuiko. Kpome Toro, B Afpe B CBA3Y C XPOMATIHOM VM MaTPUKCOM 00-
HapY>KMBAIOTCS pas/INyHble pUOOHYK/IEONPOTENIHbIE CTPYKTYPBI, COfep>Kalljyie pa3Hble
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tunsl PHK. Mexny Bcemn
3TMMU KOMIIOHEHTaMMU 3a-
KIIoYeHa OKupkas ¢asa
KJIETOYHOTO fAJpa, Kapyo-
I1a3Ma, B KOTOPON IIpo-
TEKAI0T MHOTYE IIPOLeCCHI,
CBsA3aHHbIE KaK C SAIePHBIM
MeTabonMuM3MOM, TaK U C
BHYTpPUSZIEPHBIM ~ TpaHC-
noptoM 6enkoB 1 PHK.
[Tpu HabIIOKEHNM MHO-
TUX >)KBbBIX KJIETOK MJIN K€
KJIeTOK ITOCTIe (pUKCaLUu 1
OKpAacKy, BHYTPU sAApa BbI-
ABJIAIOTCA 30HBI IVIOTHOTO
BeIlleCTBA, KOTOPOE  XO-
pOIIO BOCIIPMHMMAET pas-
HbIe KPacUTeNn, 0COOEHHO

OCHOBHBIE. brarojapsi Ta-  pyc, 4.7. Cxema cTpoenms kneTouHoro agpa:

KOil CIIOCOOHOCTY XOPOIIO | _ gnephas 06070uKa (38€ MeMBPaHbl, BHYTPEHHAS 11 BHELUHSS, U MIepHHy-
OKpAlIMBATbCA 3TOT KOM-  K/eapHOe MPOCTPaHCTBO); 2 — ARIEPHas MOpa; 3 — KOHAEHCMPOBaHHbIiA Xpo-
TIOHEHT Afpa ¥ TOTYUMT MaTVIH,‘v4 — AnddY3HbIN XPOMATUH; 5 — AAPBILKO (rpaHYNApHbIA 1 Gubpun-

NAPHbIN KOMMOHEHTbI, B LIEHTPaNbHBIX CBETLIX 30HaX HaxoauTca pAHK); 6 —
HasBaHIE «XPOMATVH»  yyrepxpomaTiHoBbie rpaHynbl (PHI); 7 — nepuxpomatuHossie rpaHynbl (PHM);

(Onemmunr, 1880). Cmo- 8 — nepuxpomatuHosble pnbpunnsl (PHM); 9 — Kapronnasma, ApepHbIN COK
COOHOCTb XpOMaTMHA BOC-

IPUHMMATh OCHOBHBIE (II[e/IOYHbIE) KPACUTEIN YKa3bIBaeT Ha ero KIC/IOTHbIE CBOVICTBA,
KOTOpBIe OIIPeie/II0TCA TeM, YTO B cocTas XpoMaTnHa Bxoaut [JTHK B koMmtekce ¢ 6e-
Kamy. TakyMu ke cBONICTBaMM oKpammBaeMocTu u copiepsxanueM JHK obmagator un
XPOMOCOMBI, KOTOPbIe MO>KHO HaO/TIOfiaTh BO BpeMsI MUTOTIYECKOTO Ie/IeHNS KITeTOK.

B ornuume or mpokapmoTnueckux KneTok, JHK-comepkamuit Marepuan xpoma-
TMHA 9YKapyUOT, MOKET IPpeObIBaTh B [BYX a/IbTEPHATUBHBIX COCTOSHMAX: IE€KOH/EH-
CUPOBAaHHOM B UHTepda3e ¥ B MAKCUMA/IbHO YIDIOTHEHHOM — BO BpeMs MUTO33, B CO-
CTaBe MUTOTUYECKMX XPOMOCOM.

B uemenstiuxcst (nuTepdasHbIX) KIETKAX XPOMATHH, BBIAB/ISIEMbINT B OOBIYHBIN MU-
KPOCKOII, MOXXeT PaBHOMEPHO 3aIIONHATb 00beM AApa WIN >Ke PacloNaraTbcs OT/ieNb-
HBIMI CTYCTKaMM (XpOMOILIEHTpPbI). JacTo OH 0COOEHHO 4eTKO BBIABIIAETCS HA Iepy-
bepun sapa (IPUCTEHOYHBI, MApTUMHAIBHBINA, IPUMeMOPAaHHBII XPOMATUH) UK 06-
pasyeT BHYTPU sAApa HepelyieTeHns JOBOIbHO TONCTHIX (0Komo 0,3 MKM) M J/IMHHBIX
TsDKell, 06pasylommx nogo6bue BHyTpusAepHoi cetu (puc. 4.8).

XpomaruH nHTepdasHbIX Afep npencrasdeT coboit Hecymune JHK renbma (xpo-
MOCOMBI), KOTOPBIE TEPAIOT B 9TO BpeMs CBOI0 KOMIIAKTHYI0 (POPMY, Pa3phIX/IAIOTCH,
IeKoHfeHcupyloTcsa. CrelleHb TAaKO JIeKOHJEHCALMY XPOMOCOM MOXeT OBITb pas-
JIMYHOI B AfIpaX pasHbIX KIeToK. Korma xpoMocoma min ee y4acTOK IMOTHOCTBIO Jie-
KOHJIEHCUPOBAH, TOIJja 9TU 30HBI Ha3bIBAOT OudPysuvim xpomamunom (puc. 4.9).
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Puc. 4.8. CtpyKTypHble TUnbl Aaep:
T — A y3HbIit; 2 — XPOMOLIEHTPUYECKIT

Puc. 4.9. YnbTpacTpyKTypa nHTepdasHbIx Agep

Alapo Anddy3Horo TMNa: KNeTka KynbTypbl TKaHU NoYeKk

Puc. 4.10. inpo ¢ KOHAEHCUPOBAHHBIM XPOMATHOM TUMO-
LMTa MbILLK

IIpy HemoNMHOM pa3pbLIX/IeHUU
XpoMOCOM B MHTeppa3HOM Sffpe
BUIHBI YYaCTKU KOHOEHCUPOBAH-
HO20 xpomamuna (MHOTTA Ha-
3BIBA€MOTO TeTePOXPOMATIHOM).
IToxazaHO MHOTOYNMC/IEHHBIMU pa-
60TaMu, 4YTO CTeleHb JEeKOHJEeH-
canuy XpoOMOCOMHOIO MaTepuana,
XpoMaTyuHa, B MHTepdase MoxeT
oTpaxkaTb (QYHKIMOHA/IbHYI0 Ha-
TPY3KY 3TOM CTPYKTyphl. UYem 6o0-
nee nupdyseH XpoOMaTUH MHTEp-
¢dasHoOro fAmpa, TeM BbIIIE B HEM
CUHTeTHYeCKNe Ipoleccel. Tax,
B KJIeTKaX IMMQOINTOB XpoMa-
TUH 00pasyeT 3HAYUTEIbHBIE CKO-
IIeHNsA 1o mnepudepun KieTod-
Horo sppa (puc. 4.10). Ilpn crtu-
MyIAONUNn 9TUX KJIETOK K C]/IHTe3y
IOHK mo mepe BKIOYeHUA Hpefi-
mecrBenunka [JHK *H-tumugnua
IPOMCXOANUT IOCTelleHHas [IeKOH-
JeHcanus xpomaTuHa. Takmum sxe
o0pasoM MeHAETCA CTPYKTypa
xpomarnHa npu cuHTese PHK.
ITagenne cuuresa JHK u PHK B
KJIeTKaX OOBIYHO COMPOBOXK/A-
eTCSl YBeJIMYeHMeM 30H KOHJeH-
CUPOBAaHHOTO XpOMaTuHa. lak, B
SPUTPOLNTAX HU3LIMX IO3BOHOY-
HBIX IIPAaKTUYeCKM BeCb XpoMa-
TUH AJep HAaXOAUTCA B KOHJEHCHU-
POBAaHHOM COCTOSIHMM, M B 3THUX
AOpax He IIPONCXOOUT CMHTE3a HU
PHK, au THK. Ecnu ke agpa stux
KJIETOK CTUMY/IMPOBATh K CMHTE3y
PHK, manpumep, B rerepokapuo-
Hax (CM. HUKe), TO OHU TIePEXO/IAT
B 1u¢pPysHOE COCTOSHIE.
MakcuManbHO KOHJICHCHUPO-
BaH XpOMAaTMH BO BpeMsd MUTOTH-
YeCKOro Jie/IeHNsI K/IETOK, KOIfa
OH OOHapy)XMBaeTci B BUJe Te-
nen, — xpomocom. B aToT mepuop
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XpomaTtuH

):lBa aJIbTEPHATUBHbIX COCTOAHNA

aKTUBHOE 4——) HeakTMBHOe

(p,eKOH}J,eHCVIpOBaHHOe KOHAeHCI/IpOBaHHOQ)

) (
& @ J Puc.4.11. AnbTepHaTuBHbIE CTPYKTYPHO-

YHKUMOHAMNbHbIE COCTOAHMA dyKapuo-

MuToTnyeckasa xpomocoma TUHECKNX XPOMOCOM:
a — vHTepdasHblil XpoMaTnH; 6 — MATOTNYe-
CKMe XpOMOCOMbI;

(HEaKTUBHbI KOHAEHCMPOBAHHbIV XPOMaTUH)
XpOMOCOMBI He HECYT HMKaK/X CMHTETUYECKUX HarPy30K, B HUX He IIPOMCXOAUT BKIIIO-
yeHus npepmectsenHrkos JHK n PHK.

Vcxopna 13 9T0ro, MOYKHO CIMTATh, YTO XPOMOCOMBI KJIETOK MOTY T HAXOAMUTbCA B IBYX
CTPYKTYPHO-(QYHKIVIOHA/IbHBIX COCTOSIHMAX: B pa004em, YaCTUIHO VIV IOTHOCTBIO Jie-
KOH/ICHCMPOBaHHOM, KOTJja C MX y4acCTUeM B MUHTeP(}A3HOM sipe IPOMCXOAT MIPOLIeCChI
TPAHCKPUILVN U PeYIUIMKALNN, U B HeAKMUBHOM — B COCTOSTHUU MeTa0OMNIeCKOro
HIOKOS IIPY MaKCUMAJIbHOM VX KOH/JEHCALINY, KOT/]a OHY BBIIIO/IHAIOT PYHKIINIO pacIpe-
Jle/IeHNsA 1 IIepeHOoCca TeHeTMYeCKOro MaTepuaa B JouepHue K1eTku (puc. 4.11).

[Ipy matonorn4yecknx M3MeHEHMAX KIeTOK MHTepdasHble fApa U, B IEPBYIO Ode-
penib, XpOMATHH Pe3KO MEHSIOT CBoe cocTosiHue. ObpaTuMble MISMEHEHNUs K/IEeTOK (Bpe-
MeHHOe M3MeHeHVe TOMeOoCTa3a 13-3a HapyLIeHVs IIPOHNUIIAeMOCTI MeMOpaH, U3MeHe-
HIIe TOHMYHOCTY OKPY>KaIoIlell Cpebl U T.I.) IPUBOAAT K U3MEHEHNAM MOP(}OIornn
apnep. IIpu KpaTKOBpeMeHHOM IaJieHNY TOHMYHOCTHU CPebl sAfjpa HabyXaloT, TO Xe ca-
MOe IIPOUCXOAUT U C AAPBIINIKaMM, TOT/Ja KaK B TMIIEPTOHMYECKUX YCIOBUAX Afpa Pe3KO
KOHJIEHCUPYIoTCA. CXOIHbIE M3MEHEHUA CTPYKTYPHI Afep NMPOUCXOHAT M IpU SPYTUX
M3MEHEHUAX B KJIEeTKaX, HallpuMep, TPy KMUCIOPOAHOM Tronomanny. KongeHncanmsa xpo-
MaTVHAa — KAPUNUKHO3 — MO>KHO HaOJIIOfIaTh U B IOIMOMINX HEKPOTUYECKMX K/IETKaX.
Y nmocnenHux Axpa 4acTo MpeTepleBaloT T.H. KAPUOAUUC — PACTBOPEHNUE Apa BCIef -
CTBJe KOHTAKTa XpOMATIHA C TUAPOIa3aMu m30coM. [Ipyroit ¢popmoil HeobpaTumMoro
U3MeHEHM Afep ABIACTCA Kapuopexcuc — GpparMeHTalnsA Afep Ha OT/e/IbHbIe ITIBIOKI
xpomaryuHa. OHaKO MTOC/IeNHI0I GOPMY ITaTOIOTU TPYSHO OT/IMYNTD OT AIIONTOTIYe-
CKIIX TeJIel], KOTOpble BO3SHUKAIOT Py (parMeHTalMn sAfep U KIEeTOK B XOfie IpOrpaM-
MUPYeMOil KIeTO4HOI ribemn (puc. 4.12).

®)(© @ ©

Puc. 4.12. Matonornueckune Gopmbl MHTEPda3HbIX ALEP:

1 — HopManbHoe AApPO; 2 — KapuONMKHO3; 3 — KapUOPEKCUC; 4 — KapyoanomnTos; 5 — Kapuonmsnc



Yacme Il. CTPOEHWE Y XMMUWA KJIETOYHOIO A/PA

60
4. 3yXpomaTuiH 1 reTepoXpomMaTiiH

MHoOrMMM UCCIeROBATEAMY OBUIO OTMEYEHO, YTO CTEHEeHb CTPYKTYpPU3aLNU, KOH-
[eHCcaIy XpoMaTuHa B MHTep(da3HBIX [paX MOXKET OBITh BbIpa)KeHA B PasHOI Mepe.
Tak B MHTEHCUBHO AE/LIVMXCSA U B MO CIENMANN3NPOBAHHBIX K/IETKAX S/[pa MMEIOT
oud@ysnyio CTpyKTypy, B HUX KpoMe Y3KOro nepudepnaeckoro o60gka KOHIEHCUPO-
BaHHOTO XPOMAaTMHA BCTPeYaeTCs] HEOO/bIIOe YUCTIO METIKMX XPOMOLEHTPOB, OCHOB-
Has JKe 4acTb sAapa 3aHATa AnddysHbIM, JeKOHAEHCUPOBAHHBIM XpoMartuHoM. Ho B
K/IeTKaxX BBICOKOCIIEIMANMN3MPOBAHHBIX MM B KIETKaX, 3aKaHUMBAIOLINX CBOI XKU3-
HEHHBIJT [IVIKJI, XPOMAT/H IIPEACTAB/IeH B BUJje MACCUBHOTO Iepu(epuIecKoro cios u
KPYIIHBIX XPOMOILIEHTPOB, 6/I0KOB KOH/JEHCMPOBAHHOTO XpOMaTuHa. Takyio CTPYKTypy
MIMEIOT, HaTIpUMep, sifpa HopMo61acToB (0fHA U3 cTaguit fuddepeHIPOBKU SPUTPO-
LIVITOB), sApa 3peTbIX JEMKOIMUTOB. DTN IBa IpUMepa MOTYT WUIIOCTPUPOBATh 0bIjee
paBuIo: YeM OOsIbllie B sIpe O/l KOHZEHCUPOBAHHOTO XPOMATHHA, TeM MeHbIIe Me-
TabonmMyecKasi aKTMBHOCTD sifipa. [Ipy ecTeCTBEHHOI MM SKCIEPYMEHTATbHON MHAK-
TUBALMM Sifilep MPOMCXOAUT IPOTPeCcCHMBHAs KOHJEHCAIVsI XpOMAaTuHa 1, HA000poT,
IpY aKTUBALIM sIfiep YBeMM4IMBaeTCs fOMIs [udPy3HOro XpoMaTHHa.

OpnHako mpy MeTabO/MNYeCcKol aKTUBALUY He BCAKYE YIaCTKU KOHIEHCUPOBAHHOTO
XpOMaTyHa MOTYT IIepexoanTh B auddysHyto popmy. Enie B Havate 30-xX rofoB Ob1710 3a-
MedeHo I. [eliTieM, 4T B MHTepda3HBIX SAApPaX CYI[ECTBYIOT IOCTOSIHHBIE yIaCTKM KOH-
[IeHCHPOBAaHHOTO XpPOMATMHa, Ha/lM4ye KOTOPOrO He 3aBUCUT OT cTereHn Auddepen-
LMPOBAHHHOCTY TKaHM WIN OT PYHKIMOHATBHOI aKTUBHOCTY KJI€TOK. TaKme y4acTKu
HOTYYV/IV HAa3BaHIIe 2emepoXpoMamuna, B OTINYIE OT OCTa/IbHOI MacChl XpOMaTyHA —
ayxpomamuna (co6cmeenno xpomamuna). [lo sTUM NpencTaBIeHUsM, TeTEPOXPOMaA-
TYH — KOMIIaKTHBIE y4aCTKI XPOMOCOM, KOTOpbI€ B IIpo(ase MOsAB/IAITCSA PaHblIe [Py-
TMX YacTeil B COCTaBe MUTOTUIECKIX XPOMOCOM, U B Tenodase He [eKOH/IeHCUPYIOTCS,
nepexozsi B nHTepdasHoe SAAPO B BUJie MHTEHCUBHO KPACAIINXCS MIOTHBIX CTPYKTYP
(xpomorieHTpbI). [lepBOHAYaNbHO MOHSATME IeTEPOXPOMATHHA MMeTIO Cyry6o mMopgo-
JIOTMYeCcKoe 3HaYeHe, IIOTOMY 4TO, U3ydas Iperaparbl OKpalleHHbIX sifiep, KOHEYHO
He/b3sl 3HAaTh, MOXKET /1M JAHHBIN Y4aCTOK KOH/IEHCMPOBAHHOTO XPOMATHHA, XPOMO-
uenmp, nepeiiTu B OGyAyiieM B pa3pbIXJIEHHOE, 3yXPOMATHYECKOe COCTOSIHIE, U HET.
B cBs13u ¢ 3TMM B CrenManbHOI IUTONTOINYECKOI TUTEPATYPe YacTo Oe3 BCAKOIO OCHO-
BaHMA 0001 y4aCTOK KOHIEHCHPOBAaHHOT'O XPOMATHHA CTa/IV Ha3bIBaTh FeTEPOXPOMa-
tiHOM. [Tpomecc xe o0111eil KOHIEHC AL XPOMATIHA, HAIIPUMep B sAApax JIeKOLNUTOB,
HasbIBa/IN 2emepoxpomamusavueti sinep. Ha camoM e Jiefie B cOCTaBe sIIEPHOTO XPO-
MaTVHa TO/IbKO JIMIIb HEKOTOPbIE YYaCTKM MPAKTUYEeCKN HUKOIJA He TePAIT 0c060ro
KOHZIEHCUPOBAHHOTO COCTOSIHVS. TaKMMM MOCTOSIHHO KOHIEHCHMPOBAHHBIMM 30HAMU
Jalile BCEro sIB/IAIOTCS LIeHTPOMEpPHBIE 11 TeIOMepHBbIe Y4acTKy XpoMocoM. Kpome Hux
IOCTOSIHHO KOH/IEHCHPOBAHHBIMI MOTYT OBITh TaK)Ke HEKOTOpPbIE YYaCTKI, BXOJSIIVE
B COCTaB II/I€Yell XPOMOCOM, — B6CHIAB0UHDBLLL, VI UHMEPKATAPHDLIL, 2emepoxpoma-
MuUH, KOTOPBII B sApaxX TaKXKe IPeCTaB/IeH B BUJie XPOMOLIEHTPOB. Takue oCTOsSHHO
KOH/IEHCMPOBaHHBIE YYaCTKI XPOMOCOM B MHTep(dasHbIX ALPax ceifdac MPUHITO Ha3bl-
BaTb KOHCMUMYMuHviM (NOCMOSHHBIM) TETEPOXPOMATHHOM. 3[IeCh XKe He0OX0mmuMo
OTMETUTb, YTO YYACTKU KOHCTUTYTUBHOTO reTepOXPOMATIHA 00/IaJIAI0T LIeJIbIM PALOM
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0co6eHHOCTeIT, KOTOPbIe OTINYAIOT €T0 OT OCTA/IBHOTO XpoMaTiHa. KOHCTUTYTUBHBI
reTepOXpPOMATIH reHeTYeCK) He aKTUBEH, OH He TPAHCKPUOMPYeTCs, PEeIINLUPYeTCsT
OH II03)Ke BCETO OCTaJIbHOTO XPOMATHMHA, B €r0 COCTaB BXOAUT 0cobas (caTe/mnTHast)
IHK, o6oralieHHas BbICOKOIOBTOPSIOMIMMICS MOC/IEOBATE/IbBHOCTAMMI HYK/IEOTU/IOB
(cM. Hmxe). [lo7Is1 KOHCTUTYTUBHOTO XPOMATMHA MOXKET ObITh HEOMHAKOBOII Y pasHbIX
00DbekTOB. Tak y M/IeKONMUTAONMIMX Ha Hero mpuxoputcst 10-15% Bcero reHoMa, a y He-
KOTOPbIX aMpubmit — gaxe 10 60%. PyHKLIMOHATIbHOE 3HAYEH)e KOHCTUTY TUBHOTO re-
TepOXpOMATHHA /IO KOHI[Aa He BBLACHEHO, IPEIONaraeTcs, YTO OH HecCeT P BaXKHBIX
byHKUMIL, CBA3aHHBIX CO CIIApMBaHIEM TOMOJIOTOB B Meli03e, CO CTPYKTypu3alueit nH-
Tepda3HOro Anpa, C HEKOTOPBIMU PETY/LATOPHBIMM QYHKIMAMIAL.

Bcs ocranbHas OCHOBHAA Macca XpOMAaTIHA Afpa MO>KET MEHATD CTelleHb CBOET KOM-
[AKTU3ALMY B 3aBUCUMOCTH OT QYHKIIVIOHA/IBHOI aKTUBHOCTH, OHa OTHOCUTCS K 3YXPo-
mamumny. DyXpoMaTUyecKie HeaKTUBHbIE YYaCTKM, KOTOpble BPEMEHHO HAXOMSTCS B
KOH/ICHCPOBAaHHOM COCTOSIHMY, CTa/IMl Ha3bIBaTb (PAKYIbMAmMUHvIM 2emepoxpoma-
MUHOM, TIOJYepKIBast He00A3aTe/IBHOCTD TAKOTO €T0 COCTOAHNA. XOPOIIM IIPUMEPOM
baKynbTaTMBHOTO TeTEPOXPOMATIHA MOXKET CTYXXUTh X-XpOMOCOMa B OpraHu3Me de-
NoBeKa. B keTkax My>KCKoit ocobu X-XpoMocoMma HeKOHAEHCHPOBaHA, OHAa aKTUBHA,
TPaHCKpUOMpYyeTcs M MOPOIOTMYECKY He BBIAB/IAETCS U3-3a CBOETO PBIXJIOTro, Anddys-
HOTO COCTOAHMSA. B K/TeTkaX KeHCKOTO OpraHu3Ma, Ijje IPUCY TCTBYIOT iBe X-XPOMOCOMBI,
OffHa U3 HUX HAXOAUTCS B aKTUBHOM, A1 Y3HOM COCTOSHUM, @ BTOpasi — B HEAKTUB-
HOM, KOHJEHCHPOBAaHHOM, OHa BPEMEHHO reTepOoXpoMaTu3oBaHa. B aToM cocTosiHMn
OHa MOXKET CYIL[eCTBOBATh B TeUeHNe BCell )KM3HY oprannaMa. Ho noTomku ee, monagas
B KJIETKM MY>KCKOTO OpTaHM3Ma C/IelyIOIIero MOKOIeHNs, CHOBA Oy/[yT aKTMBUPOBAHbIL.

B nuddepenipoBaHHbIX KJIeTKaxX BCEro JMNIIb 0K0/mo 10% reHOB HAXOAWUTCS B aK-
TUBHOM COCTOSIHIY, OCTa/IbHBbIE TeHbI IHAKTUBUPOBAHBI 11, COOTBETCTBEHHO, HAXOJATCS
B COCTaBe KOHJCHCMPOBAHHOIO XpoMaryHa ((aKy/IbTaTUBHbIN IreTepOXPOMATIH). ITO
00CTOATENBCTBO OOBSICHSET, ITOYeMy OOJIbIIAs YaCTh XPOMATUHA SIIPA CTPYKTYPUPO-
BaHa. B Ta6/1. 1 aHbI CpaBHUTEIbHBIE O01IIIe XapaKTePUCTUKI 9YXPOMATUUECKIUX U Te-
TEPOXPOMATHYECKIUX PANIOHOB MHTePPa3HBIX XPOMOCOM.

Ta6nunua 1. CpaBHUTENbHbIE 0OLME XaPaKTEPUCTUKN SYXPOMATUUYECKNX W TETEPOXPOMATUYECKUX PailOHOB
MHTEPPa3HbIX XPOMOCOM

dyxpomaTuH
CroiicTBa . leTepoxpomaTnH
AKTVBHbIIA HeakTusHblii KOHCTUTYTUBHBII
(dbaKynbTaTMBHDIN reTepoOXpoMaTiiH)
CTpyKTypa Anddy3HbIA KOHAEeHCVPOBaHHbIN KOHAEHCMPOBaHHbIN
CuHtes PHK + - -
Cunres [IHK + + +
MO3AHAA pennunKauma
TN HYKNEOTUAHBIX | YHWKanbHble, YHUKabHble, yMepeHHble MOBTOPbI | BbICOKOMOBTOPAIOLAACA
nocrefoBaTesibHoO- yMepeHHble catennutHasa JHK
crert IHK MOBTOPbI
Jlokanm3auua nneym XxpoMocom nneym XxpoMocom LieHTpOMepa, TenomMepa,
VHTEPKaNAPHbIi
reTepoXpomaTyiH




Yacme Il. CTPOEHWE Y XUMWA KJIETOYHOTO AL4PA

62

5. XpOMOCOMHbIN LKN

Kak 13BecTHO, ITOTIOBbIE YKEHCKIE U MY>KCKIe KJIeTKI HeCyT OfMHAPHBIi HAbop Xpo-
MOCOM I, CJIeflOBaTeNIbHO, cofiep>kat B 2 pasza MeHblile JIHK, uem Bce ocTanbHbIe K/I€TKM
opranmsma. [TosoBble K1eTKM (CIIepMaTO30M bl 1 OOL[UTHI) C OUHAPHBIM HAOOPOM XPO-
MOCOM HasbIBAIOT 2anoudnvimu. IlnonaHocts (0T rped. ploos — KpaTHOCTD) 0603Ha-
YaT 6y1<130171 1, TaK, KJIETKA C 11 — rarionpuel, ¢ 21 — AUIUIOUAHDL, ¢ 31 — TPUILIO-
upHb N T.J. CooTBeTcTBeHHO KommmyecTBo JJHK Ha Ky1eTKy (C) 3aBUCUT OT ee IVIOMHOCTIL:
KJIETKM C 211 YUCTIOM XpOMOcoM copiepkat 2¢ konmdectsa JIHK. IIpu onnogorsopenun
IPOUCXOAUT CIMsHNE IBYX KIE€TOK, KaK/asl U3 KOTOPBIX HeceT 111 Habop XpoMOCoM, T10-
3TOMY 00pasyeTcst UCXOHHAsI OunnoudHass (2n, 2¢) KIeTKa, SUrora.

B manpHeiieM B pe3ybraTe fie/IeHVsI JUIUIOUTHON 3UTOTHI M IIOCTIeYIOIIETo Jere-
HUSA OUIUIOUIHBIX KI€TOK Pa3OBbETCS OPTaHU3M, KIETKM KOTOPOTO, KPOMe ITO/IOBBIX,
OyZyT AUIIOVIHBIMIL.

OpnHako MBI 3HaeM, UTO ITPOLECCY Ae/IeHNs KIIETOK IpejIIecTByeT (asa CUHTe3a, pe-
pymmukanun JHK, 4To ZOMKHO NpMBOAUTDL K IIOSIBTIE-
HUIO KNeTOK ¢ 4c kommdectsoM JJHK, y KoTopbIx Komu-
4eCTBO XPOMOCOM 47, T.e. B iBa pa3a O0Jblile, YeM Y JC-
XOITHOV NUIUIOUAHON KiIeTKu. VI TOonbKO mocie meneHnus
TaKoO mempannoudHoii (4C) KJIeTKM CHOBA BO3HUKHYT
IBe VICXO[THbIE IUTUIOUTHBIE KJIETKI.

B sappax mHTepdasHbIX KI€TOK BBIABUTH Te/la OT-
TelbHBIX XPOMOCOM 13-3a MX JIeKOHJeHCAallMM C IIOMO-
b0 MOP(OIOTNYECKMX MeTOHOB O4YeHb TpypHO. Co6-
CTBEHHO XPOMOCOMBI KaK 4eTKIe, IVIOTHbIE, XOPOIIIO BM-
IVIMBIE B CBETOBOJ MUKPOCKOII Te/Ia BBIABIAIOTCS TONMHKO
He3a/I0/ITO Iepel KIIETOYHBIM Jie/IeHUEM.

B camoit >xe uHTepdaze XpoOMOCOM KaK IJIOTHBIX TeJl
He BUJIHO, TaK KaK OHV HAaXOAATCA B Pa3pbIXIEHHOM CO-
CTOsIHMM. B mHTepdase NpOMCXORUT YABOEHME, peny-
IVIMKAIMSL XPOMOCOM. JTOT IIEPUOJ, XapaKTepU3yeTcs
cuaTe3oM [THK, oH HasbIBaeTcs cunmemuueckum, viim
S-nepuodom. Kax pas B 3T0 BpeMs B KJIeTKaX 0OHaApYy>Ku-
Baerca kKonumdectso JJHK 6Gonbinee, yuem 2c¢. ITocie okoH-
yanus S-mepuopma xommdectBo JJHK B muTepdasHom
Ape paBHO 4c, MO0 IMPOM3OLIIO IIOJTHOE YIBOEHNUE XPO-
i MocoMHOro Marepuana. OpHako MOpOIOTUYeCKN pern-

CTpPUPOBATh YABOEHME YJCIa XPOMOCOM Ha 3TOI CTaJuy
He Bcerga ypaetcsi. COOCTBEHHO XpOMOCOMBI KaK HIUTe-
Puc. 4.13. Cxema CTaguit MUTO-  BMIHBIE IUIOTHbIE Tejla HAYMHAIOT OOHAPY>KUBATbCA MMU-
TUHECKOTO ACNEHNA KNeTki: KPOCKOIIMYeCK) B Hadaje Ipollecca JeleHNs KIeTKHU,
I —untepdasa; 2 —npo¢asa 3 — 3 yvenHO B MPOPA3e MUTOTUHECKOTO JEMEHUs KIeTKM
Meraase; 4 aHagaso; 5 pannan (puc. 4.13). Ectu monbITaTbhCs MOACYNTATD YVC/IO XPOMO-

Tenodasa; 6 — no3gHaAA Tenodasa,
Hauano PEKOHCTPYKLUN Afep coM B mpodase, TO UX KOIMYECTBO 6yneT pasHo 2n. Ho

(o)}
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3TO JIOXKHOE BIleYaT/IeHNe, IOTOMY 4YTO B IIpodase KaK/asi M3 XpOMOCOM IABOJHAA B pe-
3ynbTare ux pepymmkanyu. Ha 3Toil cTaguy mapa XpoMOCOM TeCHO COIIPUKACAETCS
APYT C APYTOM, B3aIMHO CIMPANN3yACh OFHA OTHOCUTENBHO APYTOIi, IOITOMY TPYLHO
YBUJETD JBOMCTBEHHOCTb BCEIl CTPYKTYpPHI B LiesioM. IIo3gHee XpOMOCOMBI B KaXK0i
TAKOJ ITape Ha4MHAIOT 000cabnMMBaThCs, pacKpy4unBarhcs. Takas JBOMICTBEHHOCTD XPO-
MOCOM B MUTO3€ HaO/II0IaeTCsI jaXKe Y )KMBBIX KJIETOK B KOHIje ITpo¢a3pl, KOra BULHO,
4TO 006II[ee YMCIO XPOMOCOM B TaKOJ HaYMHAOLIEN IeTNThCs KneTKe paBHO 4n. Crexo-
BaTeJ/IbHO, Y>Ke B Hauasle Ipo¢asbl XPOMOCOMBI COCTOSI/IN U3 IBYX CECTPUHCKUX XPOMO-
COM, UH, KaK UX ellle Ha3bIBAIOT, XPOMAMuo.

V1 B mpodase, u B crepyomeM neproge feeHns KIeTKI — B Memagdase — ceCTpUH-
CKJI€ XPOMOCOMBI OCTAIOTCSI CBSI3aHHBIMM JIPYT C JPYTOM B BUTE TIapHl.

B meTtadase mpoucxoauT BbICTpauBaHye XpPOMOCOM B 9KBaTOPUAJIbHOI IIIOCKOCTHU
KJIeTKU U OKOHYaTenbHOe ux obocobnenue. VM B mpodase u B MeTadase KaeTku ocra-
I0TCSI TeTPAIUIOUTHBIMIL.

B anagpase nner pacxoxxmeHue XpoMaTiy, Kax/ 0l 13 XpOMOCOM K IIPOTVBOIIOIOX-
HBIM TIOIOCAM KJIETKY, TIOC/Te Yero HAYMHAET JeTUThCS TeNO UCXOTHON KIeTKI. 3aTeM
B menogasze pasouienliecs JUIIOUAHbIe (21) HAOOPbI XPOMOCOM (XpOMAaTH]]) HAYU-
HAIOT JJeKOHJIeHCUpoBaThcsl. HaunHaeTcs mporecc yumomomuuy — eyieHNs UCXOTHOM
KeTKM HagBoe. OTHenbHbIe XpOMOCOMBI TEPSIIOT CBOM YeTKIE OYePTAHNS U TEIIepb YoKe
BHYTpM HOBOTO MHTep¢asHoro aumtongnoro saxapa ¢ 2¢ JTHK TpynHo ysHath xpoMo-
COMBI, KOTOpbIE MbI MOIJIY BUJIETb BO BpeMsI MUTO3a. TaK 3aKaHIMBAETCS OFVMH XPOMO-
COMHBI LMK/ ¥ HAYMHAETCS CIeYIOLINIT, B TOYHOCTY TOBTOPAIOIINI CTAANN XKI3HN
kneTkn: uHTepgasa > cunres [JTHK > npodasa u cnegyronne 3a Heit ¢passl Murosa >
LUTOTOMMS > HOBBIIT KJIETOYHBII LIUKIT U T.JI.

6. 061was mopdonorna MUTOTUYECKMX XPOMOCOM

XPpOMOCOMBI BCeX 9yKapMOTHUECKUX K/IETOK IOCTPOEHDI 10 0fHOMY IU1any. OHu
BKJIIOYAIOT TPY OCHOBHBIX KOMIIOHEHTa: COOCTBEHHO Te/I0 XPOMOCOMBI (IIIe40), Te-
JIOMEpHBIIl, KOHEYHBIII y4acTOK, U LeHTpoMepy. Hanbonee mpocTo ycTpoeHsl Xpo-
MOCOMBI JPOXOKEBBIX K/IE€TOK: MaIOYKOBUIHOE TEI0 XPOMOCOMBI Ha OJHOM KOHIIE
MMeeT TeIOMEPY, a Ha APYIOM — IeHTpoMepy. XpOMOCOMBI XKMBOTHBIX M pacTe-
HUII TakoKe IPefiCTAB/IAT co00il Ma/OYKOBMIHbBIE CTPYKTYPBI Pa3HOM JIMHBI C [10-
BOJIBHO ITOCTOSIHHOJ TOJIIIVHOI, HO OOBIYHO MMEIOT /1Ba XPOMOCOMHBIX II/Ieda, CO-
eIHEHHBIX B 30HE YeHmpomepovl. ITa 30HA HA3BIBAETCA HePBUHHOL nepemANcKoil.
CooTBeTCTBEHHO 00a IIedya XpOMOCOMBI OKaHUYMBAIOTCs menomepamu (puc. 4.14).
XpOMOCOMBI C paBHBIMM WM MOYTY PaBHBIMIU IJIeYaMI Ha3bIBAOT MemaueHmpu-
Yeckumu, C TIeYaMy HEOIMHAKOBOM J/IMHBI — cyOmemauenmpuueckumu. Ilamou-
KOBMJIHbI€ XPOMOCOMBI C O4€Hb KOPOTKUM, ITOYTY HE3aMETHBIM BTOPBIM IIEYUOM —
axKpouenmpuecxue.

B o6macTy mepBUYHOI NepeTsHKKM (LIeHTPOMepbl) PacIONIOKeH KUHeMmoxXop — IIIa-
CTMHYATasA CTPYKTypa, uMeromas GopMmy aucka. K HeMy moaxopaT mydKky MUKpOTPY-
60uYeK MUTOTHYECKOTO BEepeTeHa, UAyIye B HAIIPAB/ICHNN K LIEeHTPUOIAM. DTU IyYKU
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MUKpPOTPYOOUeK MPUHUMAIOT yYacTie B
IBVYDKEHUY XPOMOCOM K ITOTIOCaM K/IETKI
[PU MUTO3eE.

OO6BIYHO KAXKIask XPOMOCOMA MMeEET
TO/IBKO OJJHY LIeHTPOMepY (MOHOLIEHTPH-
4ecKye XPOMOCOMBI), HO MOTYT BCTpe-
9aThCS XPOMOCOMBI [UIIEHTPUYECKIE U
MONMUIeHTpUYecKue, T.e. obmamarorye
MHOXXECTBEHHBIMU KMHETOXOPaMU, BO3-
HUKIINE B pe3yIbTaTe XPOMOCOMHBIX
abepparuit (cM. HIKe).

B 30He mepBMYHOI MEPETSKKU IPU-
1 — MeTaLeHTpuyeckure; 2 — cybmeTaleHTpruiyeckue; 3 —
AKPOLIEHTPUYECKIE; 4 — CNYTHUYHbIE (AAPBILLKOBbIE). CYTCTBYET ocobas, LHeHTpOMEpHad, ca-
T — Tenomepbi; L — LieHTpomeps (nepeuunble nepers-  TeMTHasA JTHK, ornmyaromascsa sbico-
Kn); A0 — AQPbILLKOBbIA OpraHM3aTop (BTOprYHas nepe- KM YpOBHEM IIOBTOPEHHOCTU HYK/I€O-

TRXKA) TUJIHBIX ITI0C/IE[OBATEILHOCTEIA.

HexoTopble XpOMOCOMBI UMEIOT 6110-
puunyto nepemsky. IlocnenHaAs 0ObIMHO PACIIONOXKeHa BOM3M AMCTATBHOTO KOHIIA
XPOMOCOMBI 1 OTAIENAET MaJIEHbKIII YYaCTOK, CHymHUK. BTOpMYHbIE IEPETAKKIU Ha3bl-
BAIOT, KPOMe TOTO, AOPLIUKOBbIMU 0P2AHU3AMOPAMU, TAK KAK UIMEHHO Ha 9TUX y4acT-
KaX XpOMOCOM B MHTepdase IPpONCXOAUT 00pa3oBaHMe AAPBIIIKA. 3[eCh JKe JIOKaIM-
3oBana [IHK, orBercTBenHas 3a cuuTe3 pPHK. B XxpoMocomax yenoBeka A pbIIIKOBbIE
OpraHM3aTOPBI PACIONIOXKEHDI B KOPOTKUX IUIeYax BOIM3M LIEHTPOMeD.

[Tne4n XxpoMOCOM OKaHUMBAKOTCS meroMepamu, KOHEIHbIMN yJacTKaMu. Termomep-
Hble KOHI[BI XPOMOCOM He CIIOCOOHBI COeUHATLCS C APYTMMIU XPOMOCOMAaMU MU YX
dparMeHTamM1, B OT/INYME OT KOHIIOB XPOMOCOM, JIMIIEHHBIX TeIOMEPHBIX Y4acTKOB
(B pesynbTaTe paspbIBOB), KOTOPbIe MOTYT IIPUCOEAVHATHCS K TAKVM XKe pa3OpBaHHbBIM
KOHI]aM IPYTMX XpOMOCOM. B Teromepax nokanmsosana ocob6as renomepHas JHK, 3a-
MIMIIAIas XPOMOCOMY OT YKOpauMBaHMA B nponecce cuHTesa JTHK.

Yucmo XpoMOCOM B AUIIIOUIHOM HabOpe KOHCTAHTHO LA KaX/JOTO BYJa 9YKapyOT.
Tak y 4esoBeKa XpOMOCOMHBIII HAOOP COLEP>KUT 46 XPOMOCOM, U3 KOTOPBIX 44 OTHO-
CATCA K T.H. ayTocoMaM 1 2 XxpoMocoMsl (X 1 Y) — monoBsle XpoMocoMBlL. JI1o0ble 13-
MeHEHMs B 4MC/Ie ayTOCOM VIV MOIOBBIX XPOMOCOM IaryOHO CKa3bIBAIOTCA Ha XKI3He-
HeATe/IbHOCTY OpraHM3Ma.

Pa3mepbl XpOMOCOM YesioBeKa HaXOAATCS B IIpefienax ot 2,5 1o 10 mxm. Camble 6071b-
1€ XpOMOCOMBI 1 1 2 (11 n 10,8 MKM), camble Menkue 21, 22 u Y-xpomocoma (2,3 u
2,8 MKM). Cpenu XpoMOCOM 4YesloBeKa K MeTalleHTpUYeckuM oTHocATcA 1, 16, 19, 20
XPOMOCOMBI, K aKpoLleHTpudeckum — 13, 14, 15, 22, 60/blast e 4acTh XpPOMOCOM 4e-
JIoBeKa — cyOMeTalleHTpuYecKye.

B HOpMa/IbHOM 4€N0BeYeCKOM OPraHM3Me TaKOe COYeTaHMe YICTIa, Pa3MEPOB ¥ MOP-
¢omornu XxpoMoOCOM B pas/IMYHBIX KJI€TKAX SAB/IAETCA HOCTOSHHBIM IPU3HAKOM.

CosokynHocmo 4ucna, 6enuduHvl U MOPPONOeUU XPOMOCOM HA3bI6AEMCS KAPUo-
munom ganHoro Bupa. Kapmorun — amo xax 6v1 nuyo éuda. JJaxxe y 61MM3Knx BUIOB
XPOMOCOMHBIE HAOOPBI OTIMYAITCA APYT OT APYyTa WM IO YUCTY XPOMOCOM, MU IO

Puc. 4.14. Cxema o6uieint Mopdonoruy XpoOMOCOM:
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Be/IMYVHE XOTs OBl OJHOI VI HECKOIBKUX XPOMOCOM, M/ 110 pOpMe XpPOMOCOM U T10
ux cTpykType. CTpyKTypa KapuoTHUIIa JAHHOTO BH/Ia He 3aBYICUT HII OT THIIA KIEeTOK,
HII OT BO3pacTa opranmusMa. Bce KIeTKM MHAMBUIYYMOB OTHOTO BUJA MIMEIOT WUJIEH-
TUYHBIe HAO0PbI XpoMocoM. [IpocToit Mopdonornyeckuit aHaan3 MOXXeT yOeanTenbHO
II0Ka3aTh Pa3/IN4Ns B KAPUOTUIIAX fAaxke y OM3Kux BunoB. Cef0BaTe/NbHO, CTPYKTypa
KapuoTuma MOXeT OBITb MakcoHoMuueckum (cucmemamuuecKkum) IPU3HAKOM, KOTO-
Pbli1 BCe Yallle UCIOMb3YIOT B CUCTEMATUKE >KMBOTHBIX M PACTEHMUIA.

VccnepmoBaHne KapuMOTHUIIa Ye/IoBeKa OKa3ajoCh YPe3BbIYAiHO BaYKHBIM METOLOM
IpU M3Y4eHNM) HAC/IeACTBEHHBIX TeHeTNYecKux 3aboneBanmit. OIHAKO IPOCTOIl MOP-
donornyecknit aHamM3 XPOMOCOMHBIX HAOOPOB BCTPeTWI psAfX 3arpyiHeHuit. [Ipu
OOBIYHBIX METO/IaX OKPACKM BeCh HAOOp 13 46 XpOMOCOM Ye/I0BeKa IPUHSATO MOApasie-
JIATB 110 X pa3MepaM Ha 7 rpynn (A, B, C, D, E, E G). Eciu npu 3TOM 71€eTKO OT/IMYUTD
KpynHble (1, 2) xpoMocomsl 0T MenKux (19, 20), MeTalleHTpUYecKye OT aKpOLeHTpIde-
ckyx (13-51), TO BHYTpYM TPYIII TPYAHO PA3ININTDL OFHY XpPOMOCOMY OT Apyroit. Tak, B
rpymre C 6-51 1 7-51 XpOMOCOMBI CXOXKI MEX[Y co00il Tak e, Kak 1 ¢ X-XpOMOCOMOIA
(puc. 4.15).

B nocnepHme rofpl B IpakTUKY XPOMOCOMHOTO aHa/IN3a CTany MUPOKO BXOAUTD Me-
TOZIBI OuPepenuuanvHoz0 oKpamueanus xpomocom. Briepsoie MeTOf ObIT MpemIO-
eH KacnepccoHOM, KOTOPBINT ITOKa3aj, 4To Npyu oOpaboTKe IpernapaToB MUTOTUYE-
CKVIX XPOMOCOM C ITOMOIIBI0 (ITyOpOXpOMa aKPUXMHUIIPUTA BO (IyOpPECIIeHTHOM MM-
KPOCKOIle BUJHA MCUYEPUYEHHOCTDb O IJIMHE XPOMOCOM. B xpoMocomax 6bUIM BUIHBI
HomnepeyHble CBeTAIIeCs MOOChI («69H/bI») (Q-1omocel, Q-0Kpacka), pacIooKeHe
KOTOPBIX OBIIO XapaKTePHO AL KaXK/I0/l XPOMOCOMBI.

3aTeM OKa3ajoch, YTO MCYEPUYEHHOCTD Tela XPOMOCOMBI, ee CIIoCOOHOCTD andde-
PEeHIMa/IbHO OKPALIMBATLCA IO IITHE, MO>KHO BBIABUTD C IOMOIIBIO HeTyOopeCpyo-
IIMX Kpacuresneil (Hampumep, cMech 10 [MM3a: MeTu/lIeH-a3yp, METUIEHOBBII (uorte-
TOBBIN, METUTIEHOBBIN CMHUI 1 3031H). [lepel; OKpacKoil mpemaparbl 06pabaThIBAIOT
pasHbIMM crioco6aMu (KopoTkas 06pabOTKa TPUIICHHOM, I[eJIOYHBIMY WIN KUC/IBIMU
pactBopaMu 1 ip.). B 3aBucrMOCTM OT MeTOfja OKPACKM MOYKHO BBISIBUTD OKpAIlI/BaHIe

LR RV 111

¥} 33 58 &8 XK 43
EM M M

Puc. 4.15. KapnoTtun myx-

£X X UMHbI. Xpomocombl 06o-

19 3HaueHbl COrNacHo fieHBe-
POBCKOW CCTEME




Puc. 4.16. Xpomocombl MyKuuHbI Npu auddepeHLmanbHo okpacke rno Mmsa

IPULEHTPOMEPHBIX y4acTKOB (C-I0/IOCHI WM TIePEeBA3KY) WM Pa3/IIHbIe ITOTOCH B
redax u TenmoMepax xpomocom (G-mosocsr). [Ipu 3TOM pacronokeHne momoc Xxapak-
TEPHO 1L K&XK[0i1 XpOMOCOMBI (puc. 4.16).

IuddepenunanbHoe okpalBaHye NIO3BOMAET Y€TKO OT/IMYUTD XPOMOCOMBI JIPYT
ot gpyra (puc. 4.17). OTOT npreM LUTONIOINIECKOTO aHA/IN3a B COUYETAHUY C TeHeTUde-
CKMMU HaOTIOfIeHNsIMU Y>Ke B HaCTOsIlee BpeMsl TO3BO/INI COCTAB/ISITh XPOMOCOMHbIE
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Puc. 4.18. TeHeTnueckasa KapTa XpOMOCOMbI
| yenoseka. OT1enbHble reHbl TOKan30BaHbl
B OMpefefieHHbIX CerMeHTax XpOMOCOMbI:

1 — rpynna kposw CumaHHa, rpynna kposw Do,
docdonupysatrugpatasa, 2 — docornokoHat-
JermaporeHasa, 3puTpouuTapHas rpynna Kpo-
Bu pesyc (Rh), ageHwnatkmHasa nokyc 2, 3 —
docdorniokomyTasa nokyc 1, 4 — ypuamH-MoHo-
docdaTtkmnHaza, annvnToumTos |, a-ammunasza cito-
Hbl, 0-amu/asa NaHKpeaTnyeckas, rpynna Kposw
Oaddun n pp., 5 — rniokoso-T-pocdatypuaun-
TpaHcdepasa, katapakTta, 6 — nentugasa C, 7 —
5sPHK reHbl, 8 — dpymapatrugpatasa, 9 — ryaHun-
aTKMHa3a, MecTo Ana afgeHoBupyca 12, a-¢yko-
3npasa

KapTbl 4e/IOBEKA, T.€. HAXO/IUTh MECTa PACIOI0KEHNs T€HOB Ha OIpefle/IeHHbIX Y4acT-
Kax xpomMocoM (puc. 4.18).

HecMmoTps Ha TO, 4YTO MOJIEKy/IApHBbIE MEXaHM3MBI TAKOJl Crieny@uyecKkor okpa-
CKM JIO CUX IIOp ellle He SICHBI, MHOTe UCCIIeJOBATe/IN TaKYI0 CIIOCOOHOCTD OTHE/IbHBIX
Y4YacCTKOB XPOMOCOM K OKPAIIMBaHMIO CBA3BIBAIOT C MX XMMMYECKMMM Pa3INYMAMMU.
Bonbiroe yycio HaOMOAEHNIT TOBOPUT O TOM, 4TO M30MpaTe/bHOE OKpAILIMBAHNE CBSA-
3aHO C JIOKa/IM3al[yell TaK Ha3bIBaeMoro rerepoxpomarnsa, [JJHK xotoporo o6oramiena
A- n T-ocHOBaHUAMI.

7. KneTouHblii LuKn sykapuor

B oTnmyme OT KI€TOYHOrO LIMKIIA IPOKAPMOT 3YKapMOTUYECKUE KIETKU Y[ Bau-
BaIOT YJC/IO0 CBOMX XPOMOCOM B pesynbraTe cuHTe3a JJHK 3agonro go nuroromnn, go
paspeneHnsa MCXONHON KIETKM Ha iBe fodepHue. V BpeMsa NpOoTeKaHuUA KIeTOYHOTO
IVIK/Ia Y 9YKapMOT 3HAYMTETbHO OOJIbIlle BpeMeH! KJIeTOYHOTO IMkiIa 6akrepuii. Tax,
ecu s GaKTepuaTbHBIX KJIETOK BpeMs OT IeJIeHM [0 JieJIeHNs KJIETKY COCTaBIseT
20-30 MuH, TO y OFHOK/IETOYHBIX 3YKapMOT, TAKMX KaK MHPy3opusa Tydenbka Kie-
TOYHBII LMK/ 3aHMMaeT y>xe 10-20 4, BpeMst KJIETOYHOTO I{MKJIa Y aMeOBI COCTABJIsIeT
oko710 1,5 cyT. OK0/I0 CYTOK 3aHMMaeT KAeTOYHBIN IIMK/I ¥ Y MHOTOK/IeTOYHBIX Opra-
HU3MOB.

KjieTku MHOTOK/IETOYHBIX OPTaHM3MOB OO/Iaflal0T PasHONl CIIOCOOHOCTBIO K Jere-
Huo. Ec/im B paHHeM aMOpuoreHese KIeTKV >KMBOTHBIX OPTaHM3MOB HEIATCA 4YacTo,
TO BO B3POC/IOM OpTaHN3Me OHM OOJIbIIIeNl YaCThIO TEPAIOT 3Ty CHOCOOHOCTb.

B opranmusMe BBICIIMX TO3BOHOYHBIX KIE€TKM Pa3/INIHbIX TKaHEN ¥ OPraHOB MMEIOT
HEOJVHAKOBYI0 CIIOCOOHOCTDb K fleNIeHNI0. 3/IeChb BCTPEYAITCA KIETKM, IOTHOCTBIO
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HOTepsBIINE CBOVICTBO JEMUTHCA: 9TO OOJIBIIEN YacThIO CIIeMaNnN3MpOBaHHble, A1d-
¢depeHUVpOBaHHbBIE KIeTKN (HAIIpUMep, KIEeTKM I[eHTPaIbHOM HEPBHOI CUCTEMBI, Kap-
AVIOMMOLIMTBI, KIeTKM XPYCTa/IMKa I71a3a). B opranmuaMe eCTb IOCTOAHHO OOHOBJIAIONIV-
ecs TKaHY (pas/IM4Hble SUTENNN, KPOBb, KIETKI PBIX/ION U IVIOTHOM COeAMHUTENbHBIX
TKaHell). B 9ToM c/1y4ae B TaKuX TKaHAX CYIECTBYET YaCcThb K/I€TOK, KOTOPbIE IIOCTOSTHHO
menATcA (Hampumep, KJIeTKM 6a3a/bHOTO CI0S1 TOKPOBHOTO SIMUTENN, KIeTKY KPUIIT
KIILIEYHMKA, KPOBETBOPHBIE K/IETKM KOCTHOTO MO3Ta ¥ Ce/Ie3€HKM), 3aMeHsAs 0Tpado-
TaBIIVe VIV MOTMOAoIIVe KIeTOYHbIe TUIIB. MHOTYe KJIeTKY, He pa3MHOXAIOINeCs B
OOBIYHBIX YCTIOBUAX, IPMOOPETAIOT BHOBb 3TO CBOJICTBO IIPY IIPOIIeccax perapaTuBHON
pereHepanny OpraHoB ¥ TKaHel (TeIaTOINTDI, CaTe/UINThI COMATIYEeCKUX MBIIIII, ITTafl-
KOMBIIII€YHbIE KIIETKM).

KireTky MHOTOK/IETOUHBIX KMBOTHBIX M PACTEHMIA, TaK >Ke KaK OJJHOK/IETOYHBIE 3Y-
KapUOTHYeCKNe OPTaHM3MBbl, BCTYNAIOT B IpOLeCC Ae/leHusA MOocae pAfa MOATOTOBU-
Te/IbHBIX NTPOLECCOB, BaYKHENIINM U3 KOTOPBIX sABIAeTcA cuHTes [JHK.

Becb cMBIC/T K/IETOYHOTO [ieJIeHMs 3aK/II0YaeTCs B PABHOMEPHOM pacIpefie/ieHnn
penyIInIMpOBaHHOIO TeHeTUYeCKOT0 MaTepuasa o IBYM HOBBIM KneTkaM. CremoBa-
Te/IbHO, HYKHO OXKIJATh, YTO OT J€/ICHN [0 Ie/IEHNA T/ie-TO B T€4EeHMe KM3HU KIeTKN
JIOJDKEH CylecTBoBaTh mepuoy cunreda [JHK. 910 npennonoxeHne ObII0 TOATBEPXK-
ICHO B paaMoaBTOrpadMyecKX SKCIepyMeHTaX. Ecmi pasMHOXAOIMMCA KIeTKaM
JKUBOTHBIX WIU PacTeHMIT JaTh HA KOPOTKOe BpeMs MeueHbI npefmecTsenHuk JJHK,
a 3aTeM ero yOparh (Tak Ha3bIBaeMOe VIMITY/IbCHOE MedeHIIe), TO OH OyJeT BK/II0YaThCs
TOJIbKO B Te KJIeTK!, B KOTOPBIX BO BpeM: aKcnepuMenTa men cuates [JHK. B retepo-
TeHHOJ MOMY/IALNY KIeTOK, CPefiyl KOTOPBIX ObUIM KaK AeNAIMecs, TaK M HeJe/AIy-
ecsl KJIeTKM, MeTKa BKJII0Ya/Iach TOJIBKO B 4acTb MHTep(as3HBIX KJIeTOK. ITO Habmoze-
HIIe IT0Ka3bIBaso, 4to cuHTe3 [JJHK mponcxonut Tonbko B nHTEpdase, B KOTOPOI CyIIe-
CTBYIOT Ilepuofibl, Korja cuHre3 JHK He IponcXopnT; OTCYTCTBYME METKM B HEKOTOPBIX
MHTepda3HBIX KJIETKaX MOIJIO TOBOPUTB, 4TO B HUX cuHTe3 [IHK nm emje He HaumHancs,
VTN YK€ 3aKOHUMJICA.

9To TMONOKeHNe OBUIO HOKAa3aHO CleAyoIuM obpasoM. Ecim kimeTkaMm jarh MM-
IYIbCHYIO METKY (HaIpuMep, Me4eHHbIil TputreM npepuectseHHuk JHK, tumupun),
a 3aTeM HAO/MIONATh 3a paclpefe/eHNeM MEeTKU CPely K/IeTOK, B3AThIX 4epe3 olpefie-
JIeHHbIe MHTEPBAJIbl BPEMEHN, TO MOXKHO HAO/MIOAATh CIeAYIONIyIo KapTuHy. Yepes He-
KOTOpOe BpeMs B 00pasiax OyAyT BCTpedaTbCs KaK MedeHble MHTep¢asHble KIETKH,
TaK ¥ HeMedeHble KJIeTKU U fleNAlyecs KIeTKM, He cofiepKaline MeTKy. [lendmuecs,
HO He cofieprKalllyie MeTKM — 3TO Te KIEeTKM, KOTOpble yKe 3akoHuman cuures [JHK
To Hayasma sKcrepuMmeHTa. [losgHee B mpemapaTaXx Ha4MHAIOT MOABIATHCSA MeYeHbIE
mendAlyecs KIeTKU. ITO KaK pa3 Te KJIeTKM, KOTOpble B MOMEHT BBeleH!sA MeYeHOIo
IpeflIecTBeHHNKA B MHTepdase cuHTesupoBanu JJHK, 6putn B cunmemuueckom ne-
puode (S-nepuod). Uepes HeKOTOpOe BpeMsl CHOBA MOSIBIISIOTCSI HEMeUYeHble JIe/sI-
ecs KJIeTKH, Te, KOTOpble B MOMEHT BBEIEHNsA MEUEHOTO IpeflleCTBeHHIKA B MHTep-
dase eme He BcTymm B S-niepuoy;. HakoHer, CHOBa OAB/IAIOTCA MEYEHbIe AeAIecs
KJIETKI — 3TO Te, KOTOpble BCTYIIM/IN B JleJieHNe Y ke BTOopoii pa3. Ecny mocTpouTts rpa-
UK BCTpedaeMOCTN MeYeHBIX MUTO30B (puc. 4.19), TO HOMTYyYNTCS MHOTOBEPUIMHHAS
KPMBasi: TOYKM MEXY COCETHUMM BepIINHAMM OY[y T OTPa>KaThb IOJIHYIO A/IUTETbHOCTD
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Puc. 4.19. i3meHeHme Konunue-
CTBa MEeYEeHbIX MUTO30B B pa3-
HOe BpeMms Noc/e OHOKPaTHO-
ro BBefieHna *H-tumnanHa:

a — wpeanbHasa Kpusas (1) n Kpu-
BasA, MONyYeHHasa NpW U3yyeHUm
LKA KNETOK KPUMT TOLLEN KALIKM
mbiwy (2). Mo ocu abcymncec — Bpe-
M#, MO OCM OpAMHAT — MPOLEHT
g MeueHbIX MUTO30B; 6 — anarpam-
- Ma B Bue Kpyra, 0603HavatoLLero

KNETOUHbII LKA U ero oTaenb-

Hble dpa3bl

BpEMeHMU OT JIeJIeHN [I0 TeleHMs KIeTKY — JIUTEeTbHOCTD KJIeTOYHOrO IuK/a. Bpems
OT HaYasa 9KCIepUMeHTa JI0 TOAB/IeHNA IIePBbIX MEUYEHBIX MITO30B — 3TO BpeMsA WH-
Tepdaspl OCTIe S-TIepuoia, nocmcuHmemuueckuti nepuoo Wi, Kak IPUHATO ero 060-
3HavaTh, G,~nepuoo.

Oxasanocy, 4To S-neproy NpenLIecTByeT npecuHmemuveckuii nepuoo, G,-nepuoo,
OTPEe30K BpeMeHN, IpepiecTByomuii Havany cuaresa JHK. 3nad jmmnrenbHOCTD Kite-
TOYHOTO LIMKJIA, IO IIPOLIEHTY MEeUYEHBIX KJIeTOK IIpY VIMITY/IbCHOM BBEIEHVV MEUEHOTO
IIpefIIecCTBEHHMKAa MOXKHO PacCUMTATh JIUTENbHOCTh S-niepmopa. Tak, mpm BpeMeHn
KyeToyHoro nukia T, pasHoM 20 4, cpeay KIeToK BcTpedaeTcs A0 30% KIeToK, Me4eH-
HBIX *H-TVMMHOM, 113 4ero ClefyeT, YTO JIUTETbHOCTD S-IIepyofia 3aHMMaeT OKOJIO 7 4.
Takum 06pa3oM, BeChb KI€TOYHBIN I[UKI COCTOUT KaK ObI 13 YeThIPeX OTPE3KOB Bpe-
MeHu: cobctBeHHO MuTO3 (M), mpecunretnyecknit (G,), cuHTeTM4IecKumit (S) M MOCT-
cunrernaeckuit (G,) nepuoppr: T =G, + S + G, + M.

Kak 6b1710 HatifieHo, 0011jast TPOJIO/DKUTENBHOCTD KaK BCETO KJIETOYHOTO IMKIA, TaK
U OTJIe/IbHBIX €T0 OTPe3KOB (IIepMOJI0B) 3HAUYUTENIBHO BapbUPYIOT He TONBKO Y Pa3HbBIX
OPTaHM3MOB, HO U y KJIETOK Pa3HBIX OPraHOB OJHOTO OpraHmsMa (Tabim. 2).

Cy1iecTBYIOT 00BEKTHI ¢ 60/Iee KOPOTKMM KI€TOYHBIM IIMK/IOM. TaK, Y HEKOTOPBIX
APOXOKeTt OH 3aHMMaeT 1,5 4, a mpu Apo6ieHny sMOPMOHAIBHBIX K/IeTOK aMbuomit —
0,5 4.

PasimryHble meprofbl KIETOYHOTO LUK/IA OTIMYAIOTCA APYT OT APyTa IO 00IIeMy co-
fep>kaHnio B KineTkax 6enka, [THK 1 PHK 1 mo ypoBHIO (MHTEHCMBHOCTH) MX CUHTe3a.
B G,-tiepnorie xetku umerot gumonaHoe cogepxkanre [JTHK Ha smpo (2¢), B S-nieprone

Ta6nuua 2. nnTenbHOCTb MATOTUYECKOTO LKA 1 €70 NepUoAoB, U

Bug Mutotnueckuin | Mwuto3 G, S G,
KN

Mbiwb

INUTENNIA TOHKON KNLLKN 18,75 1,0 9,5 7,5 0,75

ANUTENNIN POroBuMLbl 72,0 0,75 - 8,5 4,0
L-knetkn
(onyxoneBble pnbPOONacTbl) yenosexa 20,0 1,0 9,0-11,0| 6,0-7,0 3,0-4,0
KpoBeTBOpHbIe KNeTKu 24,0 0,5-1,0 9,0 10,0 45
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Puc. 4.20. [lnarpamma ypoBHei Kne-
TOYHbIX CHTE30B B TeYEHME KNeTou-
HOTO LMKNa:

-
.
[
‘]
]
-
.
.
.
L4
»
»
L)
.
-
-
.

1 — copepxaHue OHK; 2 — WHTEHCUB-
HOCTb cuHTe3a [IHK; 3 — NHTEHCMBHOCTb

cuHTe3a PHK; 4 — MHTEHCMBHOCTb CUH-

Te3a benka

conepxane [JHK komnebnercst ot 2¢ 1o 4¢, B G,-tiepnopie conepxanne [JHK coorBeTcTByeT
TeTpariongHoMy (4c). CreoBaTeIbHO, eC/i Mbl M3y4aeM OfHOPOIHYIO IIOMY/IALVIO Kile-
TOK, TO IpOCThIM ITyTeM ¢poromeTpynt [JHK B mHTepda3HBIX K/TeTKaX MOXKHO OIIPEMIeNTb,
B KaKOM 13 IIEPMOJIOB K/IETOYHOTO LIMK/Ia HAXOUTCS Ta VUIY MHasI KieTkKa (puc. 4.20).

Kommyectso PHK B K/eTkax Ha pasHBIX 3TalaX IMK/IA TAKKe MOXKET MEHATbCH;
B IHTEHCVUBHO Je/ALIMXCS KIeTKax cofep>kanye PHK B Tedenne nntepdassl yBemmdn-
BaeTcs IO KpaliHeil Mepe B 2 pasa. [locne menenus B nepuop G, IocTynaimoT fo4epHue
KJIeTKH, 110 00beMy 1 110 061ieMy copepkannio 6enkoB 1 PHK BiBoe Menblune, yeMm
NCXOAHasA pOOANUTENbCKAaA KIE€TKaA. B sto BpeMA HAYMHAETCA POCT KIETOK, [TTaBHbIM 06-
PasoM 3a CueT HAKOIUICHNA K/IETOYHBIX OEIKOB, YTO OIpeJe/IsAeTCs yBelIudeHreM KO-
mmyectBa PHK Ha knetky. Heo6xonnMo BCHOMHNTD, UTO B TeYeHNUe BCETO MIUTO3a (OT
Ho3/1Helt mpodasbl o cpeHeit Tenogassl) B KieTke cuHTe3 PHK nomHocThIo opasey,
II09TOMY HaKoIUleHMe KaeTo4HbIX 6enkoB u PHK cBasaHo ¢ Bo30OHOB/IeHMEM CHHTe3a
PHK B Haya/ie HOBOTo K/IeTOYHOTO IMK/a. B S-nnepuope yposennb cunresa PHK Bospac-
TaeT COOTBETCTBEHHO yBenmdeHno Konndectsa [JHK, nocturaer ceoero makcumyma B
cepennte G,-niepropa. B xonue G,-nepuopa nnn B npodase cunres PHK pesko magaer
10 Mepe KOH/IEHCAllY MUTOTUYECKIX XPOMOCOM ¥ CHOBA IOJTHOCTDBIO NpeKpaliaeTcs
BO BpeM: MUTO3a.

CuHre3s 6e/ka BO BpeMs MITO3a IajaeT 40 25% OT MCXOZHOTO YPOBHA 1 3aTeM B IIO-
CTIeAYIONVX MIePUOJiaX HOCTUTAET CBOEr0 MakcuMyMa B G,-1epuofie, B 0011eM IIOBTO-
ps xapakTep cuHTe3a PHK.

OtgenpHble IepNOAbI MHTEP(A3bl OTIMYAIOTCA [PYT OT APYTa He TOIBKO OOIIUM CO-
Iep>xaHueM 1 akTuBHOCTbIO cuHTe30B [THK, PHK 1 6enka, HO U XapaKTepoM CUHTE3MN-
pyembix PHK n 6enkos.

Takoe perynasipHoe NOBTOpeHME IOC/IEfOBATETbHOCTY K/IETOYHBIX IVKJIOB JIETKO
MO>KHO HAa0JII0fIaTh BO BpeMsI IPOTPECCUBHOTO POCTA K/IETOK KY/IbTYPbI TKaHH.

B ecrecTBEHHBIX YCTIOBUAX B PACTYLIMX TKAHAX PACTEHMI M JKMBOTHBIX BCEI7Ia €CThb
KJIETKY, KOTOpbIe HaXOMATCSA «BHE LIMK/Ia», He IIPOXOASAT perynsapHo us G- B S-, 3aTeM
B G,- 1 motoM B M-(a3sy; Takme KIe€TKYU NPUHATO HA3bIBaTh KIeTKaMu Gy-nepuooaq.
VIMeHHO 3TV K/IeTKU IIPEACTAB/AIT co00il TaK Ha3bIBaeMble HOKOAUUECS, TIEPECTaB-
e pasMHOXAaTbcsA KiaeTKu. Ilop meiicTBreM crenyduyeckux O6elTKOBBIX POCTOBBIX
($aKTOPOB MV MUTOT€HOB OHM MOTYT CHOBA BCTYIIaTh B KJICTOYHBII IIVIK/I ¥ HAYATb Jie-
JNTbCA. B HEKOTOPBIX TKaHAX Takue KIeTKN Gy -asbl MOTYT HAXOAUTHCS INTENTbHO
BpeMs, He U3MeH:AA 0COOEHHO CBOMX MOP(OTOIMYECKMX CBOVICTB: OHM COXPAHAIOT B
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IPUHIMIIE CIOCOOHOCTD K JIeJIEHIIO, IPeBPallfasiCh B KaMOManbHble, CTBOTOBbIE K/IETKI
(HampuMep, B KpOBETBOPHOII TKaHN). Yallje Takas moTeps (XOTs ObI ¥ BpeMeHHast) CIIo-
COOHOCTM eTIUTBCS COIPOBOXKAAETCA CIelyanusanyeit, fudQepeHnnpoBKoil KIeTOK.
B atom cnyyae nuddepeniupyoniecs: KIeTK1 BBIXOIAT U3 IIMK/IA, HO B 0COOBIX yCIIO-
BUSIX MOTYT CHOBa BXOZUTD B IuK/I. Hanpumep, 60OIbIIMHCTBO KJIETOK HEYEHN IPhI3Y-
HOB HaxopuTcA B G,-niepuofe; oHM He yuacTBYIOT B cuHTese [IHK n He genarca. Ognako
€CJIU TIPOU3BECTY ya/IeHe YacTy IeYeHM, TO MHOTME K/IeTK) HaYMHAIOT IIOTOTOBKY
Kk Muto3y (G,-nepuop), nepexonar K cunresy JHK 1 MoryT MutoTmdeckn genmmTbes.
B mpyrux opraHax, BBIXOZIsl 3 KII€TOYHOTO IIMK/IA, KJIETKM Heobpatumo anddepeHiy-
PYIOTCS ¥ TepSIIOT CHHOCOOHOCTD K Je/IeHNI0 HaBCerfa. Tak IMpoMCXO[UT ¢ HelipOHaMMU:
Helpo6/1acTbl, SMOPMOHA/IbHbIE HEPBHBIE KJIETKMU MOC/IE HECKOIbKMX LMK/IOB K/I€TOY-
HOTO JIeJICHNUs TePSIOT CIIOCOOHOCTD Pa3MHOXAThCSA, AU PepeHIIPYIOTCSA Y OCTAIOTCS
B 9TOM COCTOSTHUM JI0 KOHIIA )KM3HY OpPraHu3Ma.

CrnenmyeT OTMETUTb 0C000, YTO Y MHOTOKJIETOYHBIX 3Pe/IbIX OPTaHM3MOB 3aBEJOMO
6onblras 4yacTh KIeTOK Haxogutcs B Gy-dase. [IpoxoxkzieHne K1eTkaMy KIeTOYHOTO
[VIK/Ia KaK B MHTEHCYBHO Pa3MHOXKAIOIMXCS HOMY/ISIINAX, TAK U B KJIETKAX, CTUMY/IU-
POBAHHBIX K Pa3MHOXEHMIIO, PEryNpPYyeTCsl LIeI0i CTIOKHOI CUCTEMOI LIMKIUPYIOLIX
0€/IKOB, OT aKTMBHOCTY KOTOPBIX 3aBUCUT IIPOXOXK/ICHME KaXKMIOil M3 CTafiuil KIeTod-
Horo 1ukKia (CM. HyKe, rnasa 25).

8. Monunnongus, ansynnoupns

Kak okasanoch, BO MHOI'MX OpTraHax U TKaHAX HOPMa/IbHBIX IUIUIOMIHBIX OpraHN3-
MOB KMBOTHBIX J PAaCTEHMII BCTPEYAIOTCA KJIETKY C KPYIIHBIMU ARPaMI, KOTIIECTBO
IOHK B xoTopsIx KpaTHO 60sbie 2n. [Tpu feieHny Takux KJIeTOK BUIHO, YTO KOJIYe-
CTBO XPOMOCOM Y HUX TaK)Ke KPaTHO YBEeIMYEHO 110 CPABHEHWIO C 0OBIYHBIMY JIUIIION] -
HBIMM KJIETKaMM. DT KITKY ABJIAIOTCA Pe3yTbTaTOM COMATUYECKON HOMUNTOUOUU.

Knerku, cogepraiiye Habopbl XpOMOCOM KpaTHbIE FAIIONJHOMY, Ha3bIBAIOT Y NII0-
uOHbIMU. DYIUIONHBIMYU ABJIAETCA OCHOBHASA Macca KJIETOK 4e/IOoBeKa, COfieprKalliyie
AUIUIOUAHBIN (ZBOJIHOV) HabOp B MHTepdasHbIX KleTkax. OfHAKO B OpraHmM3Me Me-
KOMUTAOIVX BCTPEYAIOTCSA IONIUIONIHBIE MHTeP(a3HbIe K/IeTKY, B KOTOPBIX KPaTHO
HOBTOPEH AUIUIONHBI HAOOp XPOMOCOM. Y 4e/loBeKa BCTPEYaloTCs TeTPaIIONHbIe
KJIETKY TIeYeHN U CepPAeIHOI MBIIIIIBI, @ B METaKapMOLMTaX KOCTHOTO MO3Ta MOXKET CO-
fiep>KaTbcsA OT 8 (OKTOIIONAHbIE) A0 32-X HabopoB xpomocom. ITpu saTom Bce — HOp-
MaJIbHble 3YIUIOMJHbIE K/IeTKIL.

[Togo6HbIe KIETKYU MOSABIAIOTCA B pe3y/IbTaTe OTCYTCTBMA MUTO32a B LIEJIOM WM B
pe3y/bTaTe He3aBepPIIEHHOCTH OTAEMbHBIX ero 3TanoB. CyliecTByeT HECKOIbKO TOYeK
B TIpoljecce MUTO3a, 6/10Ka/ja KOTOPBIX MPUBEJET K €r0 OCTAHOBKE I K IOABIEHNIO T10-
JIIUIONHBIX K/IeTOK. Blokafa MO>KeT HaCTynuTb IIpu mepexoge oT G2-nepuopa K co6-
CTBEHHO MITO3Y, OCTAHOBKA MOXKeT IIPOM30iiTH B Ipodase u MeTadase, B IOCTETHEM
CTy4ae 4acTo IPOMCXOAUT HapYIIeHNe IeIOCTHOCTY BepeTeHa fienennA. Hakoner, Ha-
PYLIEHNA UTOTOMMM TAaKXKe MOTYT IIPUBECTM K IIOSIBICHMIO IBYSIEPHBIX U MOJINIIIO-
UJTHBIX KJI€TOK.
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[Ty Tb BO3HMKHOBEHN S MOJIUITIONHBIX KJIETOK 13 AUIUIOMIAHBIX OB JOKa3aH 9KCIIe-
puMeHTanbHO. Eciy ensmuecs KIeTKy Ha HEKOTOpOe BpeMs OXIafuTh Wi 06pabo-
TaTh KaKMM-/I100 BEIeCTBOM, Pa3pyLIAOIMM MUKPOTPYOOUKH BepeTeHa (Hampumep,
KOJIXMLIMHOM), TO JieJIeHNe KIeTOK IpeKpatuTcs. [Ipu aToM 1ncye3HeT BepeTeHo, a Xpo-
MOCOMBI 6€3 PacXoX/JeHNs K IO/TI0CaM MOTYT IIPOJIOJDKATh IIMK/I CBOUX ITpeBpaleHNUIL:
OHJ HAYHYT HabyXaTb, OfeBaThCSA AZIEPHOI 00OTOUKOI.

Tak BO3HMKAIOT 32 cUeT 0Obe[HEHNS BCEX HepasOoLIefIINXCcsi HAOOPOB XPOMOCOM
KpYIHbIe HOBBIe sifipa. OHM, eCTeCTBEHHO, OYAYT CofepyKaTh BHaYasIe 41 4IC/IO XpoMa-
TUZ U cooTBeTcTBeHHO 4¢ Konmudectso JJHK. Ilo onpenenennto, aTo y>xe He JUITIOUT-
Has, a TeTPAIUIONAHAA KIeTKa. Takue nonunaouonvie KIeTKU MOTyT U3 ctapuu G, me-
PEXOIUTD B S-TIepHUOJ U, eC/i yOpaTh KOJIXUIIVH, CHOBA He/TUThCS MUTOTUYECKIM Iy TeM,
JaBas y>Ke IIOTOMKOB C 4n 4JCIIOM XpOMOCOM. B pesynbraTe MOXXHO HOTYYUTH MOJN-
IUIOM/IHBIE KJIeTOYHBIE IMHNUI Pa3HON Be/IMYMHBI IVIONAHOCTY (41, 81, 16n m 1.1.). DTOT
IIpYIEM YaCTO UCTIONB3YIOT [JIA ITOTyYeHN A ONUIUIOUFHBIX PacTEHNIA.

I[Tpouecc mosiB/IEHNs TTOIUIUION/IHBIX COMaTNYeCKIX K/IETOK B pe3y/IbTaTe 610Ka bl
Jie/IeHNs KJIETOYHOTO Tejla MOAPOOHO M3ydYeH Ha KIeTKaX MJIEKONMTAIUX. bbto 06-
HapY»XeHO, YTO B II€4eHN B3POC/IBIX, I OCOOEHHO CTapeloINX, KPbIC U MBIIIe BCTpe-
YaKTCA KpOMe JUIIOMJHBIX TeTpa- M OKTOIUIOM[IHbIE KJIETKU, a TaKXKe JBys/lepHbIe
KJI€TKN pa3H0171 CTEIIEeHU IVIONTHOCTN.

Okasanocp, 4TO B 3TOM C/y4ae Ipoliecc NOIUIIONAMU3ALUI K/I€TOK MOYKHO ONMCaTh
cnepytomum obpasom (puc. 4.21). ITocre S-nieprona kneTku, obnagaoue 4¢ Komnde-
crBoM JHK, BCTymaoT B MUTOTHYECKOE JIeTIeHNe, IIPOXOAAT BCe eT0 CTAVM, BK/II0Yas
Tenodasy, HO He IPUCTYHAIT K uroroMun. Takum ob6pasoM ob6pasyeTcs ABysAfepHas
K1eTKa (2 x 2n). OHa MOXKeT CHOBa IPOITHU S-IIepIOf, B pe3y/IbTare 4yero oba sAupa B Ta-
KOII KJIeTKe CTaHyT cofep>xarh 1o 4c JHK n 4n xpomocom. Takas aBysAfgepHas KneTka
BXOJNUT B MUTO3, Ha CTafuy MeTadasbl IPOUCXOAUT 0ObeHEeHIIe XPOMOCOMHBIX Ha-
60poB (061jee YMCIO XPOMOCOM PaBHO 8171), a 3aTeM HOpPMaJIbHOE Jie/ieHle, B Pe3y/ib-
TaTe KOTOPOro 00pas3yrTcs 1Be TeTpaIyIongHble KIeTKN. [Iporecc momnepemMeHHOro 110-
ABJIEHNA JIBYANIEPHBIX U ONHOANEPHBIX KIETOK MOXKET IPMBECTY K IIOABIEHNIO ANED C
8n, 16n u gaxke 321 KOMMIECTBOM XPOMOCOM. TakyM crtoco6oM 06pasyroTcsi MOIUIIIO-
UIHbIE KJIETKN B IIeYeHM, B OIUTE/IUN MOYEBOr0 Iy3bIps, B MMTMEHTHOM SIUTE/INN CeT-
YaTKy, B alllHAPHBIX OTJe/IaX CIIOHHOMN M MO KEeMYIOYHOI JKe/le3, Ha paHHUX CTafMAX
00pa3oBaHMsI METraKapMOLUTOB U Jip.

HCO6XOIU/IMO OTMETNUTD, YTO COMATNYIECKaA ITOINIIIONAN3ANNA BCTPpEIAETCA Ha TEP-
MUHA/IbHBIX y4aCTKaX ITyTU Pa3BUTUA KJIETOK, TKaHeil ¥ OPraHM3MOB, OHa OOJIbIIeN

Puc. 4.21. O6pa3oBaHue ABYALEPHBIX 1 NOANUMNOUAHBIX KNETOK MAapPeHXMbI NeYeHN
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YaCTbI0 XapaKTepHa I CIeVaIM3YPOBAHHBIX, Ju(depeHINPOBaHHBIX KIeTOK 1 He
BCTpeYaeTcs NPV FeHepaTUBHBIX IIPOIleccaX, TAKMX, Kak aMOpuoreHes (MCK/I04Yas mpo-
BU3OpHbIE OPraHbl) 1 00pa3oBaHIe MOMOBBIX KIETOK, HET IOJIMIUIOUANY CPERU CTBO-
JIOBBIX KJIE€TOK. [lefiCTBUTE/NIbHO, TUTAaHTCKME IOIUIIONAHbIE KIETKM B Jle/ieHNe He
BCTYHNAIOT; KJIETKM C MOJIMTEHHBIMU XpPOMOCOMaMM TaKKe He JIe/IATCA U B IIpoliecce
MeTaMOp$03a HaCEKOMBIX M3UPYIOTCA. MHOTOsAEpHbIe 1 HMOMUIUIONUIHbIE KIETKN Y
MJIEKONIUTAIOMINX BCTPEYAIOTCA ITIABHBIM 00pa3oM y cTapelouux opraHusmos. Ilo-
BUJIVIMOMY, IJIABHBIN pe3y/lbTaT COMaTUYECKOI IONUIITIONINM — yBeNNYeHMe pasMepa
KJIETOK U TEM CaMbIM yBeIM4eHNe UX IPOSYKTUBHOCTH.

B psapme matonormyecknx ciay4yae (HEKOTOpbIe HAcTe[CTBEHHbIe 3a00meBaHus, MO-
BpeX/IeHNsA KIeTOK, OIIyXO/IN) MCXOJHOE 3YIUIONIHOE YIC/I0O XPOMOCOM HapyIlaeTcs,
BO3HMKAIOT AaHIYIUIOMJHbIE K/IETK!, Y KOTOPBIX UM HEJOCTaeT MCXOIHOTO YMC/Ia XPOo-
MOCOM, WM Hab/mogaeTcs ux n36bITOK. Takye aHOMaIbHbIE AaHIYIUIOUIHBIE K/IETKY BO3-
HUKAIOT B pe3y/IbTaTe HapYIIeHNII MUTO3a B COMATMYECKNX K/IeTKaX M/IN IIpyU Hapyle-
HMM Tpoliecca MeOTUYeCKOro Ae/ieHNs ramer. Tak, moteps mim go6aB/leHue B Xpo-
MOCOMHOM Hab0pe IO/TOBBIX XPOMOCOM OOBIYHO COIIPOBOXKAAIOTCS PEeHOTUIINYECKIMU
OTK/IOHEHVAMIL.

Iorepu >xe ayTocoM 4acTO BeAyT K yTpaTe 3HAUMUTEIbHOI YacTU TeHETHYeCKON
nH(OpMaLUY, HECOBMECTUMOII C >KM3HENEATETbHOCTBIO HE TOJIBKO IOCIIE POXK/IEHN,
HO Jla)ke B ITpoIlecce aMOpuorexHesa.

9. MpocTpaHCTBEHHOE PACcNoNOXKeHe XPOMOCOM
B MHTepdasHom agpe

IIpencrabieHne 0 TOM, YTO MUTOTHYECKIE XPOMOCOMBI ITOCJIE JIEIEHNA KIETOK IIpe-
BpAI[AIOTCS B XPOMATIH MHTeP(]a3HOTO sIfipa, He TEPSIOT CBOENT 1[eTOCTHOCTH (He pac-
HajjaloTcA Ha (parMeHThl), a COXPAHAIOT CBOI0 (QU3NYECKYI0 MHAVBNIYAIbHOCTD, IIe-
Pexofisl MUIIb B pas3pbIX/IEHHOE, NEeKOHIEHCHPOBAHHOE COCTOsIHME, OBITIO BBICKA3aHO
T. boBepu emje B 1887 1. OTu mpefcTaBieHNA MONYYNIN Ha3BaHMe TEOPUU HEIpephlB-
HOCTM XpPOMOCOM, KOTOpas ITTaCUT: XPOMOCOMBI, BOILIEAIINE B COCTAB IOYEPHETO ALpa
B Tenodase, COXpAHSIOTCS B HeM XOTsI OBl U B OUeHb I3MEHEHHOM BlJie B KauecTBe UH-
AMBULYATbHBIX CTPYKTYP U IOSIB/ISIIOTCSI CHOBA B COOCTBEHHOM CMBICTIE C/TOBA B CIEY-
folieit mpocase.

OCHOBOIT I/Is1 9TOTO BBIBOfIA ITOCTY>KM/IN HAOMIOfIeHNs 32 IOBeJeHeM XPOMOCOM
B ApOOSLINXCS AMI[aX OfHOTO M3 BUAOB ackapupsl (Ascaris megalocephala univaiens),
B COMAaTMYeCKOil KIeTKe KOTOPOIl BCero JiBe XpOMOCOMBI. Bbto 0OHapy»KeHo, 4TO B
npocase IMepBbIX ABYX [ie/IeHNIT 3UTOThI XPOMOCOMBI BHOBb 0OHAPY)XMBAIOTCA B MECTaxX
OBIBIINX TelO(asHBIX XPOMOCOM IIPEABbIAYIIETO JleJIeHV, IOBTOPAA NX GOPMY U JIOKa-
mmsanuio (puc. 4.22). KoneuHo, 3Tu HaO/moeHNs He MOTYT CIIY)XKUTh IIPSAMBIM JJOKa3a-
TeJIbCTBOM 3TOV TEOPUH, HO ABJAIOTCA OCHOBOI [JIS1 BBICKA3bIBAHMA IIPENIIONIOKEHN O
cyabbe XpoMOCOM B KJIeTOYHOM LiMKjIe. OfHaKO, KpOMe 9TOr0 Hab/IIofjeHNA CYIeCTBYeT
1enas cepysl KOCBEHHBIX JJaHHBIX, TOBOPSAIINX B IO/Ib3y TEOPUN HEMPEPHIBHOCTU XPO-
MocoM. BoT HeKOTOpbIe 13 HUX.
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Beino HaitfeHo, 4To B MHTep(dasHbIX sApax
LIeJIOTO pAfa O0OBEKTOB YAAETCA PErUCTPUpO-
BaTh OT/Ie/IbHBIE CllenyuyecKye YIacTKy, aHa-
JIOTMYHBIE II0 CBOMM CBOJICTBAM Te/IOMepaM U
LIEHTpOMepaM MUTOTNYECKUX XPOMOCOM.

B unTepdasHbIX Agpax 3TUX BUOB TAaKXKe
obHapyxuBaioTcsi C-IONTOXNUTeTbHbIE 30HBI, B
KOJIMYeCTBE BABOE MEHbIIIEM, YeM YIC/IO TIjie-
4yeil MUTOTUYECKNX XPOMOCOM, BEPOATHO, 3a
CYeT TOro, 4TO B MHTepdasze 9TU LeHTPOMEp-
Hbl€ YYaCTKM COCEJHMX XPOMOCOM MOIYT ac-
COLIMMUPOBATD IPYT € APYyrom. VIHTepecHo, 4TO
B MHTep(}A3HOM sAfipe 3T Y4YacTKM paclosa-
raloTCs Ha ONHOM W3 IIOTIOCOB, KaK OBl IIO-
BTOPSIA TEIOMEPHYIO OPMEHTALMI0 XPOMOCOM
B MUTO3e.

Y MblIIIN IJeHTPOMEPbI BCeX aKpOlLeHTpuye-
CK/X XpPOMOCOM VHTEHCUBHO OKPAIIVBAIOTCA 110
MeTopuKe BbisiBneHns C-cermeHTOB (puc. 4.23).
TakuM >ke CBOICTBOM OOJIafjal0T CBA3AHHBIE C
nepudepnerl fAnpa IUIOTHbIE YYaCTKM WHTEp-
¢dbazHOrOo XpomaryHa — XpOMoLeHTphI. Iloka-
3aHO, 4YTO 3TU YYacCTKU II0 CBOEN MOJEKYApP-
HOJ KOMITO3MILIMY aHAJIOTVYHBI J€HTPOMEPHbBIM
y4acTKaM MUTOTUYECKIX XPOMOCOM.

Haxowelr, B nHTepdasHbIX K/I€TKaX MOYXHO
HAO/TIOATh 1iefible OTIe/bHBIE XPOMOCOMBbI; Ha-

Puc. 4.22. Mopdonormyeckoe nocToaHCTBO
XPOMOCOM B NepBbIX AeNeHUAX fpobneHus
ackapuabl:

a — nepBoe JeneHune, no3aHAa aHadasa; 6 — 1o
Xe, paHHAsA Tenodasa; 8 — UHTepHasa; @ — npo-
basa BTOporo fenexus.

06paTnTb BHUMaHNE Ha CXOLCTBO B Pacrosioxe-
HuK xpomocom B 6, 8 1 2 (Mo bosepw, 1909 u3 be-
nap, 1934)

npuMep, ofiHy 13 X-XpoMOCOM caMOK MieKonuTawomux. ITpasja, Takue e1MKOM KOH-
[IeHCHpOBaHHBIE XpOMOCOMBI (Tenblja bappa) He obnmagaT obuieit Mopdonorneit Mu-
TOTUYECKUX XPOMOCOM, HO 110 06'beMy 1 KonmndecTBy JJHK momHOCTBIO COOTBETCTBYIOT
X-xpomocome B MuTO3€. Y ameHHo noneBku (Microtus agrestis) X 1010Bble XpOMOCOMBI

Puc. 4.23. C-okpacka LeHTpomep-
HbIX paiiloHOB MeTadasHbIX XPOMO-
COM 1 MHTEpQa3HOro Afpa KieTok
KYNbTYPbl MbILLN
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0071aJa10T CIOCOOHOCTBIO LIEIMKOM MHTEH-
CMBHO OKpamyBaTbcs o C-meronuxe. B uH-
TepdasHbIX AAPaX PA3TMIHBIX KJIETOK 3TOTO
KMBOTHOTO MOXXHO C TIOMOIIBIO 3TOil Ke
OKpacKy BUJETD JiBa OOIbLINX O/10Ka MHTEH-
CMBHO OKpAIlleHHOTO XpOMAaTlHa B K/IETKaX
CaMOK.

KakoBo >ke NpOCTpaHCTBEHHOE pacIo-
JIO>KeHNE OTHE/IbHBIX JeKOH/IeHCHPOBAHHBIX
MHTep(a3HBIX XPOMOCOM B TpPEXMEPHOM
o6beme KaetoyHoro sapa? CyuiecTByeT n
KaKoii-11Mb0 MOPAJOK B pasMeIleHUM Xpo-
MOCOM B MHTep(}a3HOM Sfipe WIN XKe OHU
XaoTM4ecKy pa3bpocaHbl BHYTpPUM Afpal
ITepBble nccnefoBaHNA O MOPATKE PacHoo-
Puc. 4.24. TPEXMepHaﬂ PEKOHCTPYKUMA TOMNO- J)KeHIsS XpOMOCOM BHYTPU sAApa IpUHAJJIE-
L%?;’;Z‘ne”;’;:"F'lT;:;bgM;‘E?MOCOM B ARPE CNIOK™ " skar K. Pa6mo (1885), KOTOpbIfE, U3y'iast npo-
T eOMEp XpOMOCOM: L| — LEHTOMEDS (dasHbIe Apa PacTEHNI, IIPEATIONIOKIII, YTO

BHYTPU Apa XpOMOCOMBI IIOBTOPAIOT CBOIO
aHa(a3Hyl0 OpMeHTauuio (LeHTPOMepbl —
Ha OfIHOM IIOJIIOCE, TeIOMEePbl — Ha APYTOM) B T€4eHIe BCero KIIETOYHOTO IVIK/IA.

Oco6eHHO IeMOHCTPATHBHO 3TO MOJIOKEHMe ObUIO MOKa3aHO IpU M3y4YeHUM IIPo-
CTpaHCTBEHHOf/'[ JIOKa/In3anum TMraHTCKNUX ]/IHTep(baSHbIX IIOJINTEHHBIX XpPOMOCOM IpO-
30¢wpl. C IIOMOLIBIO MOC/IONHBIX ONTUYECKNX Pa3pe3oB, UCIO/Ib3YsI KOMIIbIOTEPHYIO
TEXHMKY BOCIIPOM3BENeHMA N300paKeHNs, YAATIOCh CO3[aTh OObEMHYIO0 CTepeOCKONN-
YeCKYI0 PEKOHCTPYKIMIO MHTeP(asHOTO AApa U MPOCIEAUTb B €r0 TPeXMEPHOM IIpO-
CTPaHCTBE KaX/YI0 U3 YeTbIpeX I'MIAaHTCKMX IIOIMTEHHBIX XpoMocoM (puc. 4.24). O6-
HapY»XeHO, YTO JIEVICTBUTEIPHO B 00beMe Afep XPOMOCOMBI PAcIO/NIATaloTCs, OBTO-
pss aHa-Teno¢asHyl OpMeHTanyo (Tak Ha3blBaeMylo opMeHTanuio o Pa6mo). [Tpu
3TOM Ka)kJj0e IIeY0 XPOMOCOMBI 3aHVIMAeT OIpefie/IeHHYI0 30HY, 00BbeM KOTOPOii He
3aXOINT B 00BEM COCETHMX XPOMOCOM, XOTsI OHU PAacIO/IOXKEHbl O4eHb TECHO APYT C
npyrom. Kaxkmas u3 xpoMocoM o6pasyeT IOJIOTYIO IIPaByIo CIupaib (5-7 BUTKOB), KO-
TOpasi B HECKOJIBKMX MeCTaX CBsi3aHa C siflepHOI 000/I04KOIT, KaK Obl GUKCUPYSCh Ha
Heil. OUKCHPOBaHBI Ha sJEPHOII 000/IOUYKe U TETOMEpPHBIE YYacTKM BCEX XPOMOCOM,
KOTOpBIe PacIlONaraloTcs Ha OfHOM U3 IOTI0COB MHTepdasHoro sxapa. Ha mporuso-
HIOJIOKHOM IIOJIIOCE sfpa TaKXKe B CBSASY C sAAEPHOI 000I0UKOI PaCcIONaralTCs LeHT-
pOMepHBIe PajlOHBI XPOMOCOM, YacTO OObEVIHEHHbIE B OJMH XPOMOLEHTP — KpYII-
HBIII 6710K MHTepdasHoro xpomaruta. [Ipsmble HabmOeHNA 3a TOKAIM3aLMeN B Ape
MHTepda3HbIX XPOMOCOM ObUIN CAienaHbl, ucnonbaysa Meton FISH (¢dnyopeciientHas
in situ TMOPUAN3ANNA HYK/IEMHOBBIX KIC/IOT) B COYETAHMN C KOH(POKATBHON MMUKPO-
ckomueii. BHayase ObUIM BbIJe/IeHbl MHAVIBMAYaJIbHblE MUTOTUYECKUE XPOMOCOMBI,
u3 Hux Opymm nonydensl JTHK, xoTopble MeTnmuch pasHbiMu ¢ryopoxpomamnu. Ta-
Kkne MedeHble xpomocomuble JJHK Hanocmmuch Ha mpemaparsl nHTepdasHBIX sfep,
JHK xoTopbIx 6bl/1a IpeIBapUTeIbHO JeHATypupOBaHa. B pesynbraTe MONIEKY/IAPHOI
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Puc. 4.25. Mogenb opraHn3aLmm uHTepdasHbix Puc. 4.26. Cxema NpOCTPaHCTBEHHOTO Pacro-
XPOMOCOM B AifJpe: XPOMOCOMbI 3aHUMAIOT OT- NOXeHNA UHTePda3HbIX XPOMOCOM:

AENbHbIE TEPPUTOPUN, OTAENEHHbIE MEXXPO- T — TenomepHbie; Lj — LEHTPOMepHbIe y4yacTKu
MOCOMHbIMM 30HaMU, Fie MPOVNCXOAUT NpoLiec- XPOMOCOM

cvHr PHK 1 nx Tpancnopt

rubpupusanyn ¢ryopecuupyromas JTHK penarypupoana TOIbKO O CXOTHOI XPOMO-
COMOI.

C nomomipio KOH(GOKANTbHOTO MMKPOCKONA IMPOCMATpuBanach (GryopecieHTHast
MeTKa B TPeXMEPHOM IIPOCTpPaHCTBe MHTepdasHoro sppa. buito obHapy>keHO, 4TO
uHTepdasHoe SAPO COCTOUT M3 TECHO PACIOTOXKEHHBIX XPOMOCOMHBIX TEPPUTOPUIL,
00beM KOTOPBIX 3HAUUTE/IBHO IPEBOCXOANT 00BEM MUTOTUYECKUX XpoMocoM. Heko-
TOpbIe 0COOEHHO KPYIIHbIe XPOMOCOMBI [IefICTBUTENBHO IPOSIBIISUIN aHA-TeNO0(asHYIo
opueHranuio (puc. 4.25).

CymMupyst o61ie npefcTaBieHsi 0 popMax opraHu3aLnnu XpOMOCOM, MOYKHO IIPH-
VTV K 3aK/TI0YEHMIO, YTO OHY MOTYT HaXOAUTHCS B ABYX a/bTEPHATMBHBIX COCTOSHIISX,
B IBYX MOP(O/IOrNYeCcKuX BHIPOKEHNX: 1 — MaKCUMaIbHO KOH/JEHCUPOBAHHOE, KOM-
AKTHOE, MeTabo/MNIeCcK)t HeaKTUBHOE, TPAHCIIOPTHOE COCTOsIHNME, MPeIHAa3HAYeHHOe
JUIsL TOTO, YTOOBI B MMHMUMA/IBHOM 00beMe 6e3 CTPYKTYPHBIX HapylLIeHWiT TIepeHeCTH
BO BpeMs KJIeTOYHOIO JleJIeHMs OTpOMHBIe 1o auHe Mosekynbl [JHK; 2 — nexoHpmeH-
CHPOBAHHOE, TPV KOTOPOM JIMHEIHAs [TNHA Pa3BEPHYTHIX XPOMOCOM YBETNIMBAETCS
B [I€CSITKY, @ MHOT/IA U B COTHU Pa3, MeTabo/INIeCcKyt aKTUBHOE COCTOSIHIIE, CBS3aHHOE C
cuntesoM [JHK n PHK (unTtepdasa).

OTrnmunrenbHas 0COOEHHOCTb MHTEPGHAZHOIN XPOMOCOMBI OT MUTOTUYECKOIT, KpOME
BCEro, TO, YTO IO CBOEII JJIHE OHAa MOXKeT OBITh pasBepHyTa HepaBHOMEPHO — eCTb
Y4aCTKM IIO/THOM JIeKOHIEHCALMN Y eCThb YYaCTKM, HaXOfAIIMeCs B IVIOTHOM, KOHJIeH-
CMPOBAaHHOM ¥, COOTBETCTBEHHO, B HEAKTMBHOM COCTOSIHUM. DTO U NPUJAET VHTep-
basHOMY APy CBOEOOPA3HYIO CTPYKTYPY, Il XPOMOCOMBI — XPOMATIH — MOTYT OBITH
IpefCTaB/IeHbl TO IVIOTHBIMY O/I0KaMI, TO Y4aCTKaMU PbIXJIOTO, eKOHAEHCHPOBAHHOTO
xpomaruna (puc. 4.26).
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CTpyKTypa 1 Xummnsa XpomatiiHa

Xpomamun — 0cHOBHOU KOMNOHEHM K7Iermo4H020 A0pA — JOCTATOUHO JIETKO MOJTY-
YNTD U3 BBI/IeJICHHBIX NHTEP(A3HBIX AEp U 13 BBIAE/TEHHBIX MUTOTIYECKIX XPOMOCOM.
[/ 9TOTO MICIIO/IB3YIOT €r0 CBOJICTBO IEPEXOANTD B PACTBOPEHHOE COCTOSIHIE ITPY 9KC-
TPaKLY BOAHBIMM PACTBOPAaMU C HMU3KOI MOHHON CJION WIIM IIPOCTO INEeVMOHNU30BAH-
HOI Bofioit. I1py 3TOM y4acTKy XpoMaTIHA HAOYXaloT I IIePEXOASAT B Iellb.

Hbl€ 13 SPUTPOLIUTOB TPUTOHA

@pakuuy XpoMaryuHa, MOTY4YeHHbIe U3 pas-
HBIX OOBEKTOB, 00/1aJal0T JOBOJIBHO ONHOOO-
pasHbIM HA6OPOM KOMIIOHEeHTOB. bbITo HatifieHo,
YTO CYyMMapHbI XMMMYECKIIT COCTaB XpOMaTHHa
u3 MHTep(dA3HBIX sifiep U MUTOTUYECKUX XPOMO-
COM MAajIo OTIMYAIOTCA JIPYT OT Apyra. IlmaBHbIE
KoMmoHeHThl xpoMaTtaa — JTHK u 6enkn, cpenu
KOTOPBIX OCHOBHYIO MAacCy COCTaBJ/IAIOT TUCTOHDI
L HETMICTOHOBBIE 6k (Tabi. 3).

B cpegnem B xpomatuHe okono 40% mnpuxo-
mutcs Ha [THK 1 oxono 60% Ha 6enku, cpeu Ko-
TOpBIX crienuudecKye ssiepHble 0e/IKU -TUCTOHBI,
coctasnsaT oT 40 70 80% oT Bcex OeIKOB, BXOJIA-
IIUX B COCTaB BBIJIE/IECHHOTO XpoMaTuHa. Kpome
TOTO B COCTaB XPOMAaTMHOBOI GPaKIMUy BXOJSAT
M€M6paHHbIe kommnoHeHTsl, PHK, yriesoppl, mu-
nuasl. PHK MoxxeT mpefcTaBisaTh coboit TpaHc-
kpubupyemyto PHK, koropas eme He morepsna

cBa3b ¢ marpuneit JJHK. [Ipyrue ske MUHOpHbBIE KOMIIOHEHTBI MOTYT IIPEACTABIATD CO-
6011 BeljecTBa COOCAX/IEHHBIX PparMeHTOB sI/JepPHOIT 000TOYKI.

B cTpyKTypHOM OTHOIIEHMY XPOMATVH NPeACTaB/sAeT cO00il HUTYAThle KOMILIEKC-
Hble MOJIEKY/IbI ie30Kcupubonykieonporenga ([JHIT), koropsie cocrosar us JHK, acco-
LMUPOBAHHOI ¢ ructoHamu (puc. 5.1). VimenHo 3a cuet accoumanuu ructonos ¢ JHK

Tabnuua 3. Xummnyeckuin coctas xpomatrHa. Copepxanue 6enkos n PHK gaHo no otHoweHwmio K JHK

WcTouHmnK xpomaTtuHa OHK TncToHbI HeructoHoBble 6enKn PHK
[MeueHb KpbiChbl 1,0 1,16 0,67 0,043
Knetku Hela (onyxonb yenoseka) 1,0 1,02 0,71 0,090
Tumyc Tenexka 1,0 1,14 0,33 0,007
SpUTPOLMTBI KypULibl 1,0 1,08 0,54 0,020
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00pa3ylTcsa O4YeHb 1abMIbHbIE, U3MEHYVBbIE HYK/IEVHOBO-TMCTOHOBbIE KOMIIIEKCHI,
rge otHomeHusA JIHK: rucToH paBHO mpuMepHO e€MHMIIE, T.€. OHM NPUCYTCTBYIOT B
PaBHBIX BECOBBIX Ko/mnuecTBax. Oty Hur4aTsie pubpriel JHII u ecTb aneMeHTapHbBIE
XPOMOCOMHbIE WM XPOMAaTMHOBbIE HUTH, TOMIVHA KOTOPBIX B 3aBUCUMOCTH OT CTe-
neny ynakosku JJHK moxxet kone6arbes ot 10 go 30 Hm. Otn pubpmmasr JHIT moryT
B CBOIO OYepe/ib TOIOMTHNTETbHO KOMIIAKTU30BaThCsA C 00pa3oBaHyeM 60Jee BBICOKMX
ypoBHelt cTpykrypusanuy JHII, BOIOTE 10 MUTOTMYECKO XpOMOCOMBIL. Poib Heko-
TOPBIX HETMCTOHOBBIX O€/IKOB 3aK/TI0YaeTCsl MMEHHO B 00pa3oBaHMM BBICOKVX YPOBHEN
KOMITAaKTM3al ¥ XpPOMAaTMHA.

1. AHK xpomaTtunHa

B mpemnapare xpomaruna Ha gomo JJHK npuxopurcs o6sraHo 30-40%. 9ta JHK
IpeacTaBysAeT co60ll [BYXIEIOUYEYHYI0 CIMPATbHYI0 MOJIEKY/Ty MOZOOHO YMCTOI BbI-
nenenHoit THK B BogHbIX pacTBopax. O6 3TOM rOBOPAT MHOTYE 9KCIIepYIMEHTAIbHbIE
maHHble. Tak, Ipy HarpeBaHUM PaCTBOPOB XPOMATHHA HAO/MIONAeTCA IIOBBIIICHN e ONTH-
YeCKOJI ITIOTHOCTY PacTBOPA, TaK Ha3bIBAEMBIiT 2UunepxpomHblil ddexm, CBI3aHHDIN
C pa3pbIBOM MEXXHYK/IEOTH/JHBIX BOJOPOAHBIX cBsidell Mexay nensmu [JHK, mogo6no
TOMY, 4TO IIPOUCXOAUT Ipu HarpeBauuu (rrasnenvn) yucroy [JHK. [Imuaa Monexyn
JOHK u3 agep v XpoMOCOM 3YKapUOTHYECKIX KJIETOK MOKeT OBITh MI3y4eHa C IIOMOIIbIO
MeTOfla CBETOONTUYECKOI pafnoaBTorpaduu, Nofo6HO TOMY, KaK 9TO M3y4ajloch Ha
IIPOKapMOTUYECKNX KIeTKax. [Tocme MATKoro nmusuca KaeToK 9yKapuoT MOXKHO IIPAMO
ompenenaTh MoneKynAapHble Macchl JHK ¢usnuko-xuMmnyeckumMm MeTofaMum.

Bb110 06HAPY>KEHO, YTO B COCTaBe XPOMOCOM J/IMHA MH/MBY/YaIbHBIX TMHEHBIX
(B oT/IMYME OT MMPOKAPNOTUIECKNX XpoMocoM) Monekyn [JJHK mMoxeT octurars coteHn
MUKPOMETPOB I JJa>Ke HECKO/IBKMX CAHTUMETPOB. TaK, y pa3HbIX 00'beKTOB OBLIN MOTTY-
veHbl Monekynbl JJHK ot 0,5 MM 710 8,5 cM. DT pesynbraThl IIOKas3am, YTO €CTh 6/13-
KoOe CoBIafieHne Mexpy pacuetHoi ot JHK Ha xpomocomy u papguoasrorpagdu-
YeCKMM HaOMI0eHIEM.

Tak, y 4enoBeka Ha reHOM u3 46 xpomocoMm npuxopurcs 6 - 10° Ila THK. B cocrae
reHoMa BcTpevarotca monekynbl JJHK Benmnmunnoit ot 50 - 10° m.H. go 250 - 10°m.H. 1 co-
orBeTcTBeHHO oTpe3ku JJHK ot 1,7 go 8,5 cm. Cymmapnas guHa JIHK saxpa genoseka
cocrasiseT okono 2 M (!). Takne pnuunbie JHK npencraBnaioT co6oit ofHy MOIEKYIy,
a He HeCKO/IbKO 60J1ee KOPOTKUX, CIIMTBIX TYCBKOM C TIOMOIIBIO 0€/TKOBBIX CBA30K, KaK
CYNMTA/IN HEKOTOPBIe MccefoBaTen. K aToMy 3aKI04eHNI0 IPUIUINA IIOCTE TOTo, KakK
OKa3asoch, uTo amHa Monekyn JJHK He msameHsercs mocime o6paboTKM IperapaTos
IPOTEONUTNYECKNMY (pepMeHTaMI.

O6mee komruectso [JHK, Bxopsee B AnepHbIe CTPYKTYPhI KJIETOK, B TEHOM Opra-
HI3MOB, KO/Ie6/IeTCsl OT BUJA K BULY, XOTsA y MUKpoopranuaMoB kommdectso [JHK Ha
KJIETKY 3HAQUUTEIbHO HIDKe, YeM y 6eCII03BOHOYHBDIX, BBICIINX PAaCTEHWIT U >KUBOTHBIX
(Tabm. 4).

Tak, y Mpitm Ha Agpo npuxoantcs nouty B 600 pas 6ombure JHK, ueM y xumeuHnoin
nasioukn. CpaBHuBas konmdectso [JHK Ha KIeTKy y ayKapMOTMYeCKMX OpraHU3MOB,
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Tabnuua 4. CopepkaHve JHK B KneTkax HEKOTOPbIX 0ObEKTOB
06beKT Pasmep reHoma Yucno reHoB
(1000 HyKneoTUAHBIX Nap Ha ranouAHbIN Habop) |  (6enkoB)

Mycoplasma genitalium 580=58-10* 470
Escherichia coli- knweyHas nanouka 4,6-10° 4000
[Tekapckre ppoXxxu 12-10¢ 6300
C.elegans 9,7-107 19000
[Opo3oduna 1,3-108 14000
Yenosek 3,2-10° ~ 30000

TPYHHO YIOBUTb KaKye-TM00 KOPPEANMN MeXAY CTEIEeHbI0 CI0KHOCTV OpraHN3Ma
n xonmdectsoM JIHK Ha appo. IIpumepHo oguHakoBoe komnuectBo JHK mmeroT Ta-
KIie pas3/IyHble OPraHMU3MBbI KaK JIeH, MOPCKOII eX, OKYHb (1,4-1,9 1ir) mim psrda rosnery
1 ObIK (6,4 1 7 1r).

Y HekoTopbIx amMpubmit B sxpax Komndectso JHK 6onblie, yeMm B sfpax yemoBeka
B 10-30 pas, XOTA reHeTMYECKasA KOHCTUTYLIVA Y€I0BEKAa HECPABHEHHO CIIOXKHEE, YEM Y
naryuek. CregoBaTe/IbHO, MOXKHO IIPEAIIOJIararh, 4To «M36bITouHOe» Komdectso JJHK
y 60/1ee HU3KOOPraHN30BAaHHBIX OPTAHN3MOB /100 He CBA3aHO C BHIIIO/IHEHNEM I'eHeTH -
4eCKOJl ponu, 1160 YMCIIO TEHOB MOBTOPSAETCS TO MIM MHOE YUCTIO Pas.

PaspemmTb 3T1 BOIPOCHI 0Ka3aj0Ch BO3MOXKHBIM Ha OCHOBAHMM M3YUeHMS KIHe-
TUKM peakuyy peHarypauyy v rubpuausanuu JHK. Ecin ¢pparmenTupoBanHbie MO-
nexynbl JIHK B pacTBOpax ogBeprHyThH TEIUIOBOI IeHAaTypalLny, a 3aTeM NHKYOUpPOBaTh
VX IIpM TeMIIepaType HeCKOIbKO Ooiee HU3KOI, 4eM Ta, IIPY KOTOPOI MPOUCXOMUT JeHa-
TypaLys, TO UJeT BOCCTAHOB/IEHNE MCXOHOI IBYCIIVPA/IbHOI CTPYKTYPBI (PparMeHTOB
I HK 3a cueT BoccoequHeHMsI KOMIUIEMEHTApHbIX Lienell — peHaTypanus. Jna JHK Bu-
PYCOB I TPOKaPMOTNIECKIX KIeTOK ObIIO TOKA3aHO, YTO CKOPOCTH TAKOI peHaTypauun
IPSIMO 3aBUCUT OT BEIMYMHbBI TeHOMa; 4eM 00JIblile TeHOM, 4eM 6orbiie Kommdectso JTHK
Ha YaCTUILY MU KJIETKY, TeM O0JIblile HY>KHO BPeMeHU /ISl CTy4ailHOTO COMVDKeHMs KOM-
IVIEMEHTapHBIX LieTeil u
crienuyecKoi peacco-
nyanyy OObIIEro Yc/Ia
PasHBIX IO HYKJIEOTH[-
HOIl ~ IOC/IelOBaTeIbHO-
ctn ¢parmenros JJHK
(puc. 5.2).

XapakTep KpUBOIL pe-
acconyanyyu JTHK mpo-
KapMOTUYECKUX KIIETOK
yKasblBaeT Ha OTCYyT-
CTBUE IIOBTOPAIOIIMXCS
IOoCeIoBaTeAbHOCTEN
OCHOBaHII BT€HOME ITPO-

CTeneHb

Col, monb-c/n

Puc. 5.2. KuteTuka peaccoumaLm aeHatypupoBanHoi OHK u3 pasnuy- ~ K@pUOT; BCE YHACTKI UX
HbIX NICTOYHWKOB: JOHK HecyT yHukanbHble

1 — E.coli; 2 — HK 306H01 ene3bl TeneHkKa IIOoCNnenoBaTe/IbHOCTH,
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YICTIO U pasHOOOpasye KOTOPBIX OTpaXkaeT CTEHNEeHb CJIOKHOCTU I'eHEeTUYeCKOl KOMIIO-
3unVy 0O'bEKTOB 1, CIe0BATENbHO, MX 00IIelT 6110/I0TMYecKol OpraHM3alyL.

CosceMm ppyras kapruna peacconnanyu JJHK HabmogaeTcs y aykapuoTHiecKux op-
raun3MoB. OKasanoch, 4to B coctas ux JJHK BxomAT ¢pakiym, KoTopble peHaTypu-
PYIOT ¢ ropasfo 6oree BBICOKOI CKOPOCTBIO, YeM MOYKHO ObUIO OBl IIpeAronaratb Ha
OCHOBAHNM pa3Mepa X reHoMa, a Takxke ¢ppakuna [JHK, penarypupyromas MeajeHHo,
1op06HO yHVUKaIbHBIM nTociefoBarenpHocTsAM JHK npokapuor. OpHako i sykapuor
TpebyeTcs 3HAUMTENbHO OOJIblllee BpeMs /I peHaTypauuu 9Toil Gpakuum, 9To CBs-
3aHO C O0IUM OO/IBIINM Pa3MepOM VX FeHOMa ¥ ¢ OO/IBIINM YUCTIOM Pas/INYHBIX YHI-
KaJIbHBIX T€HOB.

B toit vactu JTHK aykapnoToB, KOTOpasA OT/IM4YaeTCs BLICOKOV CKOPOCTBIO peHaTy-
paumy, pa3nnyanT ABe nofdpakuuu: 1) ¢ BBICOKO WIM YaCTO IOBTOPSIOUIVIMUCS II0-
CTIefloBaTeNbHOCTAMM, Tfie cxopuble yuyacTky JJHK mMoryT 6p1Th moBTOpeHsr 10° pas; 2)
C YMEPEHHO NOBTOPAIOMMMUCA IOCIEOBATeTbHOCTAMI, BCTPEYAIOMIMIUCA B TeHOME
10>-10° pas. Tak, y mpium Bo ¢pakuuio [JTHK ¢ 9acTo mOBTOPSAIOIIMMUCS HOCTIER0BaA-
TenpHOCTAMU BXOomuUT 10% oT o6b1ero konnvyectsa JJHK Ha renom un 15% mpuxogutcs
Ha paKIVIo C yMepeHHO IIOBTOPAIIMMILCA NOC/IefoBaTeTbHOCTAMU. OcTanbHbIe 75%
ot Bceyt JTHK Mpimm npepcraBneHsl YHUKAaIbHBIMMY yY9acTKaMy, COOTBETCTBYIOIIVMMU
6O0JIBIIOMY YMC/Ty Pa3/INIHBIX HEITOBTOPSIOLINXCS T€HOB.

Dpaxuym ¢ 9acTo MOBTOPSIOLIVMICH ITOC/IE0BATe/IbHOCTAMI MOTY T 00/1afIaTh MHOI
IJIaBy4ell IVIOTHOCTBIO, 4eM ocHOBHasA Macca JJHK, 1 moaToMy MOTyT OBITD BbIJIE/ICHbI
B YJICTOM BIJle — TaK HasbIBaeMble ¢pakunu camennumuoii JHK.

Y Mbimm ota Qpakiysa MMeeT IVIOTHOCTb, paBHYIO 1,691 r/MJ1, a OCHOBHAsI 4acTb
JHK — 1,700 r/Mn. OTi pa3nmuns IVIOTHOCTU ONPENeNAnTCA pa3sindusAMA B HYK/I€O-
TUAHOM cocTaBe. Hampumep, y Mbimm B o101t dpakunn nmeerca 35% I' u 1] map, a B
ocHoBHOM muke JHK — 42% (puc. 5.3).

Kaxk okasanoce, catennutnas [JHK, umn dbpax-
uusa [THK ¢ yacTo moBTOpAMOIIMMUCA TOCTEe0Ba-
Te/IbHOCTAMY, HE YIaCTBYeT B CMHTE€3€ OCHOBHBIX
tunoB PHK B kneTke, He CBs3aHa C MPOIECCOM
cuHTe3a 6eka. ITOT BBIBOJ, C/le/laH ObIT HA OCHO-
BaHUU TOTO, YTO HM ofuH u3 tunos PHK knerxun
(rPHK, nPHK, pPHK) ne rubpuausupyercs c ca-
termmmtHeIMU [JHK. CnemoBaTtenbHo, Ha atux JJHK
HeT IOC/IeOBAaTeIbHOCTEN, OTBEYaIOL X 3a CHHTE3
knerounblx PHK, T.e. carennmurusie [JHK He saBns-
10TCca MaTpunamu anda cuareda PHK, He yuacTBytoT
B TPaHCKPUIILIVMA.

CymecTByeT Imiore3a O TOM, YTO BBICOKOIIO-
BTOPAIOLMECA TIOC/IEI0BATENbHOCTH, HE Y4aCTBYIO-
1€ HENOCPECTBEHHO B CUHTe3e Genkos, moryT  Puc. 5.3. BbiAsnenue nnasyyeit nnotHo-

_ T (r/cM’), ocHoHoro (1,701) n caten-
HecTy MH(OpPMAINIO, UTPAIOIIYI0 BXXHYI0 CTPYK AUTHOrO Mikos AHK (I-IV) npu pasHo-

TYPHYIO PONb B COXpaHeHMM M (YHKUMOHUPO-  gecyom uentpudyrnposarumn IHK gpo-
BaHUM XpOoMOCOM. K HUM MOTyT OBITb OTHECEHBI  30(unbl B rPaAneHTe XI0PICTOro Le3ns
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MmHorouncnenHsle yyactku JHK, cBszanHble ¢ 6enkamm ocToBa MHTep(hasHOTO sApa
(cM. HMKe), yYaCTKM Hadasla peIlIMKALNY VIM TPAHCKPUIINY, a Takxke ydactkn JTHK,
perynupyoliye 3Ty IPOLecChl.

MetopoM rrbpuaM3anyy HYK/I€MHOBBIX KUCIOT IPsSMO Ha XpoMmocomax (in situ)
Obl/Ia M3y4yeHa JIOKaMM3auus 9Tol gppakiuu. [y 3Toro Ha M30MMPOBAHHON CaTe/IINT-
Hoit [THK ¢ momompio 6akTepranbHbIX (PepMEHTOB CUHTE3MpPOBAIM MedeHHYI0 *H-
ypupuaom PHK. 3arem nuronormdeckuil npemapar ¢ XpoMOCOMaMM IOJBEPraan Ta-
Koi1 06paboTKe, Ipy KoTopoit mporcxoput feHatypanys JHK (mosbiureHHas Temmepa-
Typa, le/I04Has cpefa u ap.). IToce atoro Ha npenapat nomemanu medenHyto *H PHK
u fobuBanuch rubpuansanun Mexay JHK u PHK. Paguoasrorpaduaecknu 6p110 06Ha-
PY’KEHO, 4TO 6O/IbIIast YaCTh METKM JIOKa/IM3YeTCA B 30He NePBIYHBIX IIEPETKEK XPo-
MOCOM, B 30He MX LIEHTPOMEPHBIX Y4acTKOB. MeTKa 0OHapy>KuBanach Takxe U B Ipy-
TUX y4aCTKaX XpPOMOCOM, HO O4eHb C1abo.

3a nocennue 10 €T cemaHbl 60/MbINNE YCIeXN B U3ydeHVN yenmpomepnoix JTHK,
0CO0EHHO Y IpOXKeBBIX KIeTOK. Tak, y S. cerevisiae nentrpomepnas [JHK cocrour us
HOBTOPSIOMMXCA y4acTKoB o 110 m.H. IlenTpomepnas JHK dyenoseka (anmbdonpHas
carerymrHas [IHK) cocrout n3 TanmemMa MoHOMepoB 110 170 ILH., OpraHN30BaHHBIX B
TPYIIIBI JYIMEPOB VIV IIEHTaMePOB, KOTOPbIe B CBOIO OYepesib 00pasyT O0JIbIIINe 110-
crefoBarenbHOCTY 1Mo 1-6 - 10° m.H. Takas camas Gonblias eguHMIA MoBTOpeHa 100-
1000 pas. C aroit cnenudpnyeckoit nenrpomepHoit JTHK xommiekcupyoTcsa ocoOble
LIeHTPOMepHBIe Oe/IKY, Y4acTBYIOIUe B 00pa3oBaHNU KUHEMOX0pd, CTPYKTYpPbI, 0be-
CIIeYVBAIOLIENl CBA3b XPOMOCOM C MUKPOTPYOOYKaMI BepeTeHa 1 B ABVKEHUM XPOMO-
coM B aHadpase (cM. HIXKe).

JHK ¢ BBICOKONIOBTOPSIOIMMIICSA IOCIE0BATETbHOCTAMY OOHApyXKeHa TaKKe B te-
JIOMEPHBIX YHACIMKAX XPOMOCOM MHOTVIX 9YKapPUOTINYECKIX OPTaHN3MOB (OT IPOXKeil
JI0 YeioBeKa). 31ech Yallle BCero BCTPEYAI0TCs IIOBTOPHI, B KOTOPbIE BXOAAT 3—4 TyaHu-
HOBBIX HYK/IEOTUZA. Y 4delioBeKa TesioMepnl cofiepxar 500-3000 nosropos TTAGGG.
9t yyactku JHK BbIonHAIOT 0c06yI0 pO/Ib — OrpaHMYMBATh XPOMOCOMY C KOHIIOB
U IIpefoTBpAlllaTh ee YKOpauMBaHuUe B IIpoliecce MHOTOKPATHOI peIIMKaLUNL.

HepmaBHO 6Ob1/10 HaiiZleHO, YTO BBICOKOIIOBTOpsOIecs nocnegoBarenpHocTy JHK
MHTepda3HbIX XPOMOCOM CBA3BIBAIOTCA creluduyecku ¢ 6ekaMy — JIaMUHAMU, TIOfI-
CTUIAIOIVIMHA AAEPHYI0 000/I0UKY, ¥ YYaCTBYIOT B 3asIKOPEBAHMMU PACTAHYTHIX JEKOH-
[IeHCHPOBAHHBIX MHTeP(}a3HBIX XPOMOCOM, TEM CaMbIM OINPEMe/IAI0T MOPAMIOK B JIOKA-
JM3alyy XpOMOCOM B 00beMe NHTep(Ha3HOTO AApa.

CarennurHasa JHK MoxxeT y4acTBOBaTh B y3HaBaHUY TOMOTOTMYHBIX PaliOHOB XPO-
MOCOM ITpu Mejiose. I1o ApyTuM IpennonoKeHnAaM, y9acTKY € 4aCTO MOBTOPSIOIIMMIICS
HOC/IeOBATeTbHOCTAMY UTPAIOT PONIb pasfieNinTeeit (CrieiicepoB) MeX [y pasInaHbIMI
¢byHKIMOHAIBbHBIMY eaHnIIaMy XpoMocomHoit [JHK, Hanpumep Mexxay pernmmkoHaMu
(cMm. HIDKE).

Kak okasanocs, ppakiys ymepeHHo nosTopsoomuxcs (ot 10° go 10° pas) mocneno-
BaTe/IbHOCTEl MPUHAIEKNT K IecTpoMy Kaaccy ydacTkos [JJHK, urparouux BakHyIo
POJIb B IIpOIleccax CO3JaHus anmapara 6eJIKOBOro CHTe3a.

B ary ppaxumio Bxopst rens: pubocomusix JTHK, koTopbie MOIyT OBITb HOBTOPEHBI Y
pasHbIX BuioB oT 100 10 1000 pas. B aTy dppakunio BXOAAT MHOTOKPATHO TIOBTOPEHHbIE
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yudacTku jia cuHTesa Bcex TPHK. Bonee Toro, HekoTopble CTpYKTypHbIe Te€Hbl, OTBET-
CTBEHHBIE 32 CUMHTE3 OIpeJieJIeHHBIX O€/IKOB, TAK)Ke MOTYT ObITb MHOTOKPAaTHO HOBTO-
PEeHBI, IIPeCTaBIeHbl MHOTUMM KOIMAMY. TaKMMM SABJIAIOTCA TeHBI /11 6€/KOB XpOoMa-
TYHa — TYICTOHOB, NOBTOpsonmxcs 1o 400 pas. Kpome Toro, B 9Ty ppakiyio BXOZAT
yuyactku JJHK ¢ pasubiMu nocnegoBarenbHocTAMY (110 100-400 HYK/IEOTUAHBIX TIap),
TaK)Ke MHOTOKPAaTHO IIOBTOPEHHBIMMY, HO PacCETHHBIMU I10 BCeMY reHoMYy. VIX porb ee
He 10 KOHIIA SICHA. BpICKa3bIBaeTcsA IpeAIonoxkenne, 4ro takme ydactku JHK moryt
IpeACcTaBIATb cOO0J aKIeIITOPHbIE VN PETY/IATOPHBIE YYaCTKM Pa3HBIX T€HOB.

Nrak, JHK sykapnoTniecKux K1eTOK reTeporeHHa 10 COCTaBY, COLEP>KUT HECKONIbKO
K/TaCCOB IIOCTIeflOBATEeNbHOCTEN HYKICOTHUIOB: 4ACHO NOSMOPAIOusUecs nocneoosa-
menvrocmu (> 10° pas), Bxogsiine Bo ¢ppaxumio caresumntHoit JTHK u He TpaHCcKpunbu-
pyomuecs; Gpakuys ymepeHHo noemopaoujuxcsa nocnedosamenvrocmeti (10°-10°),
IpPefCTAB/IAIINX O/I0OKM UCTUHHBIX TEHOB, a TaK)Ke KOPOTKNE MOC/IeTOBaTeIbHOCTH,
pasbpocaHHbIe 110 BCeMY TeHOMY; PPaKyus yHUKAnvbHbIX noce008amenvHocmetl, He-
cyiast nHGOPMALMIO J/isI OOIBIIHCTBA O€TKOB KIIETKN.

Vcxonsa u3 oTUX IpencTaB/IeHNI, CTAHOBATCA MOHATHBIMU Te PasInyiuA B Kojude-
crBe [THK, KOTOpBIE HAOMIONAIOTCA Y Pa3HBIX OPraHM3MOB: OHU MOTYT OBIT CBSI3QHBI C
HeOIMHAKOBOII oeil Tex i nHbIX Knaccos JTHK B reHome opranusmos. Tak, y am¢pu-
6un Amphiuma (y xoropoit [JHK B 20 pa3 6osbliie, 4eM y 4e/IoBeKa) Ha OO0 IOBTOPSIIO-
MXCA MoCefoBaTeNIbHOCTel npuxoautcs no 80% ot Beeit JJHK, y nykoB — mo 70, y
nococst — 10 60% u T.11. VIcTMHHOE >ke 60raTCTBO FeHeTU4eCcKOil MHPOpMALINy JOIDKHA
otobpaxarb Gpakuys YHUKAIbHBIX ITOCIeoBaTeNnbHOCTEl. He HY)XHO 3a0bIBaTh, 4TO
B HAaTMBHOII, HedparMeHTHpoBaHHOI Monekyne JTHK xpoMocombl Bce ydacTKy, BKITIO-
Yalolye yHIKaabHble, YMEPEHHO U 4YacTO IMOBTOPAIOIMECS OCTENOBATEIbHOCTH, CBS-
3aHbBI B €IMHYI0 TUTAaHTCKYI0 KoBaneHTHYI0 menb [JHK xpomocomsl, T.e. 1 Mmonekymna
I HK cooTBeTcTByeT OZHOI XPOMOCOME.

2. Pennukaums syxpomatuyecknx AHK

bakrepmanbHasg XpomMocoMa pemMUupyeTrcs KaK OfHa CTPYKTYpHas efVHUIIA,
MIMEIOIasl OIHY CTAPTOBYIO TOUKY PeIUIMKAIIMM ¥ OfHY TOUKY TepMyHanyu. Takum 06-
pasoM, 6akrepuanbHas unkmndeckas JHK saBnaercsa oguum pennuxonom. Ot cTapTo-
BOJI TOYKM peIVIMKALyA UJIEeT B IBYX IIPOTUBOIONIOKHbBIX HAIIPABIEHMAX, TaK 4TO IO
mepe cuHTe3a [IHK o6pasyeTcs Tak Ha3bIBaeMblil I7Ta30K PEIUIMKAIINY, OTPaHNYEHHBII
C IBYX CTOPOH PEIUIMKAIIMOHHBIMY BU/IKaMy, YTO XOPOIIO BULHO IIPY 37EKTPOHHOMMU-
KPOCKOIINYECKOM M3YYeHUY BUPYCHBIX ¥ 6aKTepyaIbHBIX PeIUINIUPYIOMINXCA XPOMO-
com.

Y oykapmoTmdeckux KI€TOK OpTraHM3alyus PeIUIMKALMM MHOTO XapaKTepa — MO-
MMpermKoHHHaA. Kak y>xe roBopmioce, mpyu nMIrynbcHoM BKmodenny *HT mMHOXe-
CTBEHHAas MeTKa II0ABJIAeTCA IPAKTUYECKM BO BCEX MUTOTUYECKMX XPOMOCOMaX. ITO
O3HAYaeT, YTO OJHOBPEMEHHO B MHTEeP(A3HOIl XPOMOCOME CYIIECTBYeT MHOXECTBO
MECT PeIIMKALMY I MHOYKeCTBO aBTOHOMHBIX TOYeK Havasa permkamym — ARS (au-
tonome replicating sequence). bonee ogpo6HO 3TO sABJIEHNE OBUIO U3YIEHO C IIOMOIIBIO
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paaynoaBTOrpaduy Me4eHbIX MOJIEKYJI, BbIfe-
nenubix JTHK (puc. 5.4). Ecnu xnetkn 6bu1n
uMITynbcHO MedeHsl "HT, To B cBeToBOM MU-
KpocKolle Ha aBTorpadax bieneHHbix JTHK
MO>XHO BUJIETb YYaCTK! BOCCTAHOB/IEHHOTO
cepebpa B BUJe NYHKTUPHBIX JVHMIL ITO
He6ornbive otpesku [JHK, kotopsle ycnenn
PeIIMLIMPOBATLCA, @ MEXAY HUMMU PacIo-
JIOKEHbl ~ YYaCTKM  HepeIUIMIVPOBAHHON
IOHK, xoTopas He ocTaBMIa pajfloaBTO-
rpada 1 1oaTomy ocraercs: Heupgumoii. [To
Mepe yBenuueHns BpeMenn Koutakra *HT ¢
KJIETKOJI Be/IMUMHA TaKMX OTPE3KOB BO3pac-
TaeT, a PACCTOAHNE MEX[Y HUMU YMEHbIIa-
ercs. VI3 5TuX 3KCIIepMMEHTOB MO>KHO TOYHO
paccuuTaTh cKopocThb perukauyyu JHK y
9YKapUOTUYECKUX OpraHmsmMoB. CKOpOCTb
OBVDKEHMS PeIUIMKAlMOHHOV BMJIKM OKa3a-
nach paBHoy 1000-3000 rm.H. B MMH y MJle-
oG e MM £ omurasous, 0x070 1000 L 8 ikt Y -
rpammbl MpeAcTaBnsioT nocnefosatenbhble craguy ~ KOTOPBIX PACTCHUM, YTO HAMHOTO HIDKE
ABYX CMEXHbIX eAuHVL penaukauwm (penmukoro).  ckopocTtu permmkaumm JTHK y 6axtepmit
s o O (50000 . ). B i ke akcnepunc-
0 — Hauano penankauuu; t — KoHew penavkaumy; 1 —  TaxX ObUIa IIPAMO AOKa3aHa MO/MPEIUINKOH-
nepeq Hayanom penankaumuy; 2 — pennvkaumua Hava-  Has CTPYKTypa IOHK xpomocom 9YKapUOT:
Nacb B NpaBoOM peI'IJ'II/IKOHe;.?—peI'IJ'II/IKaLWIﬂ Hayanacb [0 JUIMHE XpOMOCOMHO]?[ HHK, BIONb Hee,
B IEBOM PEMINKOHE; 4 — pennnkayma 3aKkoH4Ymnacb B
060VIX peninkoHax pacnonaraeTcss MHOXECTBO He3aBMCUMBIX
YYaCTKOB peIUIMKaluy — perInKoHoB. o
PACCTOSHMIO MEX[Y CPEIHUMMM TOYKAMI CMEXHBIX METAIIMXCA PEIIMKOHOB, T.e. IO
PACCTOAHUIO MEXJY ABYMsA COCENHUMMU CTapTOBBIMM TOYKAMM PEIIMKALVU, MOXHO
y3HaTb BeIMUYMHY OTHENbHBIX PENIMKOHOB. B cpeHeM BelnynHa perIMKOHOB Y BbIC-
IINX >KUBOTHBIX cocTaBisgeT okoao 30 MkM mu 100 Teic. m.H. CemoBaTeIbHO, B TaljIO-
U/IHOM Habope M/IEKOIMUTAIIINX JO/DKHO 661Th 20 000-30 000 pernmnKoHOB.

Kak roBopunocn, cunres JHK B pemnukoHe uieT B IBYX NPOTUBOIONOXHBIX Ha-
MpaBIeHNsIX. ITO TETKO JOKa3bIBAeTCs pafMoaBTOrpapuyuecKn: ecnu KaeTKaM MocCie
VIMITyJIbCHOJ METKM JIaTh IPOJO/DKUTH cuHTe3npoBarh JIHK HekoTopoe Bpems B cpefie
6e3 *HT, To mpousoiiner nagenue BkaodeHus ero B JTHK, OymeT mpomcxoputb Kak
Obl pazbaBjieHVe METKM, U Ha pajinoaBTorpade MOXXHO OyfieT BUJETb CUMMETPUYHOE,
C IBYX CTOPOH PEIIMIMPYEMOrO Y4acTKa, yMEHbILIEHNE KOMNYeCTBa 3€PeH BOCCTAaHOB-
JIEHHOTO cepebpa.

Pennmmnupyromecs KOHLBI MM BUJIKY B PEIVIMKOHE IPEKPaLaloT IBVDKEHNE, KOra
BCTPETATCS C BUJIKAMHU COCEHMX PEIUTMKOHOB (B TEPMMHANIBHON TOYKe, 0OIIeit st
COCEJHNX PEIUINKOHOB). B aTOM MecTe pemmmuypoBaHHbIE YIACTKM COCETHMX PeIlIn-
KOHOB OODeVHSIOTCS B eUHble KOBaJIEHTHBIE I[eN) [BYX HOBOCHHTE3MPOBAHHBIX

Puc. 5.4. Pennnkauua sykapuotuyeckon HK:
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monexyn JJHK. OynkinonanbHoe noppaspenenne JHK xpomMocoMm Ha perinKoHbI co-
BIIaJjaeT CO CTPYKTYpHBIM noppasfenenueM JHK Ha joMeHbI 1wy neTnn, OCHOBaHUA
KOTOPBIX, KaK y>Ke YIIOMIHA/IOCh, CKPeIlJIEHbI O€/TKOBBIMI CBA3KAMIL.

Takum o6pasom, Becb cuuTe3 JTHK Ha 0THempHOM XpOMOCOMe IIPOTEKAeT 3a CYeT He-
3aBMCHMMOTO CUHTE3a Ha MHOXKECTBE OT/I€/IbHBIX PEIIMKOHOB, C OCTEAYIOLIM COefiIHe-
HIeM KOHII0B cocefHuX oTpe3koB JJHK. bronormnyeckuit cMbICT 9TOr0O CBOICTBA CTAHO-
BUTCA ACHBIM 1Ipy cpaBHeHuu cunre3a JJTHK y 6akrepnit u sykapuor. Tak 6akrepuasb-
Hasl MOHOPEIUIMKOHHAsA XpOMOCOMa JINHOM B 1600 MKM CHMHTE3MPYETCs CO CKOPOCTHIO
okoyio nomy4aca. Ecmu 661 canTnMetpoBas monekyna JJHK xpomocomsl miekonnraro-
VX PeIUINIVPOBATACh TOXKe KaK MOHOPEIUIMKOHHAA CTPYKTYPa, TO Ha 9TO YLIIO OB
okoro Hezermu (6 cyT). Ho eciu B Takoit XpoMOCOMe PacIIONOXKeHO HECKO/IbKO COTeH pe-
IUIKOHOB, TO /ISl IIOJTHOJA ee PeIUIMKALM ToHazobuTcs Bcero okono 1 4. Ha camom xe
mene BpeMA permmKanuu [JJHK y Maexonuraromyx coctapisaeT 6—8 4. ITO CBA3aHO C TeM,
YTO He BCE PEIUIMKOHBI OTHETbHOM XPOMOCOMBI BK/IIOYAIOTCA OJHOBPEMEHHO.

B HEKOTOpBIX CTy4asAx Hab/IOfjaeTCsA OFHOBPEMEHHOE BK/IIOYEHIE BCeX PEIUIIKOHOB
WIM >Ke TIOsB/IeHNe JONOMTHUTE/IbHBIX TOYEeK Hayaja pelIMKallUM, YTO JaeT BO3MOX-
HOCTb 3aKOHYMTDb CHMHTE3 BCEX XPOMOCOM 3a MMHMMAa/JIbHO KOPOTKO€ BpeMsA. JTO AB-
JIeHUe TIPOYICXOAUT Ha PaHHUX 9TalaX sMOpMOreHe3a HEKOTOPDIX )KMBOTHBIX. Tak 13-
BECTHO, YTO NpM APOOIEHNN SN IIIOPILEBLIX Aryuiek Xenopus laevis cunrtes [JHK
3aHMMaeT Bcero 20 MMH, TOTAA KaK B Ky/IbType COMaTHMYeCKUX KJIETOK 3TOT Ipoliecc
MPOJO/KAETCS OKOJIO CYTOK.

Oxasanoch, 4TO IPOUCXOANUT BKIIIOYeHMe mpepuiecTBeHHuka JHK B Gombume
YYacTKM XpOMOCOMBI. BK/II0UeHMe pasHbIX Y4aCTKOB IIPOMCXOAUT CTPOTO IOC/IENOBa-
TE/IbHO B TedeHMe S-nepuopa. Kaxaas xpoMocoMa XxapaKTepusyeTcs: BLICOKOI CTabWIb-
HOCTBIO ITOPSAZIKA PeIUIMKAINI TI0 CBOEH IIMHE, MIMeeT CBOI CrielnIIecKnii pUCyHOK
peIIMKanm.

Kracreps! pernnmmkoHoB, 00belIHEHHbIE B PeIIMKALMIOHHbIE eAVMHUIIBI, CBSA3AHBI C
OeKaMM AepHOTO MaTpuKca (CM. HIDKe), KOTOpble BMecTe ¢ (hepMEeHTaMU peIlIiKa-
VM 06pa3yloT T.H. K/TACTePOCOMbBI — 30HBI B MHTeP(Pa3HOM sAipe, B KOTOPBIX MIET CUH-
te3 JTHK.

ITopsAnoK, B KOTOPOM aKTMBMPYIOTCS Pel/IMKALMOHHBbIE eJVHUIbI, MOXET, Bepo-
ATHO, ONPEHe/IATbCA CTPYKTYPOJ XpOMATHHA B 3TUX y4acTKaxX. Tak, 30HbI KOHCTUTY-
TMBHOTO TeTepOXpOMaTuHa (BOMM3M LIEHTPOMepPbI) PEIUINIMPYIOTCA OOBIYHO B KOHI[E
S-mepuopa, Takke B KOHIe S-TIepuojia yABauBaeTcA 4acTb (aKy/IbTaTMBHOIO TeTepOX-
pomaruHa (Hampumep, X-XpoMOcoMa CaMOK Mjekonurammux). Oco6eHHO 4eTKO BO
BpEMEHMU IIOC/IE0BATEeNbHOCTD PEIIMKALMY YYaCTKOB XPOMOCOM KOPPENIMPYeT C pu-
CYHKOM U depeHIanbHOM OKPacKU XPOMOCOM: R-CerMeHTbI OTHOCATCS K paHOpe-
WIMLMpYoIMcsa, G-CerMeHTbl COOTBETCTBYIOT y4acTKaM XPOMOCOM C ITIO3[Hel pe-
mnkanyei. C-cerMeHTHI (LIeHTpoMepa) — MecTa CaMoli O3Hell peIINKaIUIL.

JMUTenbHOCTD MpoLiecca PEIUIMKALIUY OTAE/TbHBIX XPOMOCOM IPSIMO HE 3aBUCHT OT MX
pasMepoB. Tak KpyITHbIe XPOMOCOMBI Ye/ioBeKa IpymIibl A (1-3) 0Ka3bIBalOTCA MeYeHbIMI
B Te4eHNe BCEro S-Ieproyia, TaK XKe Kak 1 60jiee KOPOTKye XPOMOCOMBI Ipymiibl B (4-5).

Taxum obpasom, cunre3 JHK B reHoMe sykapmoT HauMHaeTCs HMOYTU OfJHOBpe-
MEeHHO Ha BCeX XpOMOCOMaX fApa B Hadaje S-nepuopa. Ho mpu stom mpoucxoput
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IIOC/IENOBATEIbPHOE U aCMMHXPOHHO€E BKJIIOYEHNME Pa3HbIX PEIIMKOHOB KaK B pa3HbIX
Y4acCTKaxX XpOMOCOM, TaK 11 B pa3HbIX XpOMOCOMAaX. HOC}IeI[OBaTeTIbHOCTI) pennmMKannm
TOr'0 MJ/IM MMHOTI'O Y49aCTKa reHoMa CTpOTo NETEPMIMHIMPOBaHa I€HETUYIECKIL. 3to0 nmocnen-
HeEe YTBEPXXAEHYIE [OKa3bIBA€TCA HE TOIBKO KapTI/IHOI/“I BK/IIOYE€HM METKN B pa3HbI€ OT-
pe3ku S—Hepmona, HO TaK>Xe T€M, 4YTO CYLIECTBYET CTpoOrasd IIoCaeq0BaTC/IbHOCTD 110~
ABJIECHUA B XO€ S—nepmona IMKOB YYBCTBUTE/IbPHOCTI ONPENE/IEHHBIX T€HOB K MyTa-
T€HaM.

3. OcHOBHbIe 6enku XPoOMaTlHA — NMCTOHDI

Ponp THK B cocTaBe kak MHTepda3HBIX XPOMOCOM (XpOMAaTIH MHTEP(A3HOTO Apa),
TaK ¥ MUTOTMYECKIX XPOMOCOM JOCTaTOYHO fCHA: XpaHEHNeE VM peany3alns TeHeTnye-
ckoit nHpopManyu. OFHAKO JIs BBIIOTHEHNU 3TUX QYHKINII B COCTaBe MHTEP(a3HBIX
Afep HeoOXOVIMO MIMETh YeTKYI0 CTPYKTYPHYIO OCHOBY, KOTOpast II03BO/IIA OB pacIo-
JIOKUTb OTPOMHBIe 110 JyinHe MoyeKynbl [IHK B cTporom mopsjike, 4ToObI ¢ onpefeneH-
HOJI BpeMEHHOI! II0C/IeJ0OBaTeIbHOCTDIO MIPOTeKasu mpouecchl Kak cuHte3a PHK, Tak u
penymukaunu JTHK. B untepdasnom appe konnentpauysa JHK gocturaer 100 mr/mn
(). B cpenneM Ha uHTepda3HOE AAPO MIEKONMUTAIIMX IpUXoanuTcs okono 2 M THK,
KOTOpasi JIOKa/nu3yeTcs B CheprdeckoM sAape CO CPefHNUM AMaMeTPOM OKomo 10 MKM.
9T0 3HAUNT, 4TO Takasg orpomHasa Macca JJHK mo/mkHa Kak-To OBITD ymoxeHa ¢ Koapdu-
LVeHTOM ymakoBkyu 1 - 10°...1 - 10*. VI npm aTOM B si[ipe TOIKEH COXPAaHUTHCS OIpefie-
JIEHHDIII MOPATIOK B PACIIONIOKEHNM JACTUYHO VJIM IIOTHOCTDIO IEKOHIEHCYPOBAaHHBIX
XxpoMocoM. V1 kpome TOro, JO/DKHBI ObITh pean30BaHbl YCIOBYA [ YIOPAJ0YEHHOTO
(GYHKIMOHMPOBAHYS XPOMOCOM. SICHO, 4TO BCe 9TV TpeOOBaHMA He MOTYT OBITh OCY-
I[eCTB/IEHBI B 6€CCTPYKTYPHOI, XaOTUYECKON CUCTEME.

B xneTouHOM Afpe BeAyILYIO poib B opranusanuy pacrnonoxenns JHK, B ee kom-
MAaKTHU3ALNA U B PeryIMPOBAaHUY QYHKIVIOHAIbHBIX HATPY30K MPUHA/ICKUT SA/IepPHBIM
6enmkaM. Kak y>xe yka3bIBasoch, XpOMATVH MPELCTABIIAET OO0 CIIOXKHDIN KOMIUIEKC
IOHK c 6enxamu, nesoxcupubonykieonporert (IHII), roe Ha fomo GeIKOB IIPKUXO-
auTcs okomo 60% ot cyxoro Beca. benkn B cocTaBe XpoMaTyHa O4eHb pa3HOOOpasHBbI,
HO VIX MOYXHO PasfIe/INTb Ha JIBe TPYIIILL: 2UCHOHbL VI He2ucmoHosble 6enku. Ha momo
TUCTOHOB IpUXoANTCs 10 80% OT Bcex OenkoB xpoMaTnHa. VIx B3anmoperictue ¢ [JHK
IIPOMCXOMNT 3a CYET CONEBBIX VIV MOHHBIX CBA3€N U HecHelpu4HO B OTHOILIEHWM CO-
CTaBa VM ITOCTIefiOBaTe/IbHOCTEN HyKIeoTuos B MonteKkyte JIHK. HecmoTps Ha mpeo6-
NajjaHMe B 00IIeM KOJMYeCTBe, TUCTOHBI IPeCTaBIeHbl HeOObIINM pa3sHOOOpasueM
6e/IKOB: 9yKapMOTUYeCcKIe KJIETKM COfiep>KaT BCero 5—7 TUIIOB MOJIEKYJI TMCTOHOB. B oT-
JINYMe OT TYICTOHOB, T.H. HETMICTOHOBbIE Oe/IKM OOJIbllIeil YacThio crienyduyecky B3au-
MOJIEJICTBYIOT C OIpelelleHHbIMU INocnefoBaTenbHOCTAMKU Monekyn JHK, ouenp Be-
JIMKO pa3HOOOpasyue TUIIOB Oe/IKOB, BXOAAIINX B 3Ty IPYINITY (HECKOIBKO COT), BEUKO
pasHooOpasue GpyHKIMIT, KOTOPbIe OHY BBITTOTHSIOT.

Iucronsl cBsazannl ¢ JHK B Bue MOeKynsapHOro KOMIIEKCa, B BUfie CyOBeIVMHNL]
WU HYK/1eocoMm. JTo 3TOoro cunrtanocsk, 4to JIHK paBHOMepHO MOKpbITa 3TNMM Oe/TKaMu,
cBA3b KoTopbix ¢ [JHK onpenenserca cBoiicTBaMy I'MCTOHOB.
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Tucmonwvr — Oenku, xapakmepHuie MOvKO 015 XpomMamund, 0671a0am psoom 0co-
6vLx kKauecme. ITO OCHOBHBIE VN LIIeIOYHbIE O€/IKIL, CBOICTBA KOTOPBIX OIIPEMe/IAI0TCS
OTHOCUTEJIbHO BBICOKMM COZI€P)KaHMEeM TaKMX OCHOBHBIX aMMHOKMC/IOT KaK JIM3UH U
apruHuH. VIMEHHO IOJIOKMTe/IbHbIE 3apsA/Abl HA AMIHOTPYIINAX IM3MHA U apIUHIHA 00-
YC/IOB/IMBAIOT CO/EBYIO VIM 3JIEKTPOCTATUYECKYIO CBS3b 3TUX OEIKOB C OTpUIATE/Ib-
HBbIMI 3apsfamy Ha pocdarabix rpynnax JHK. Ora cBA3b focTaTOYHO 1a0M/IbHA, IETKO
HapylIaeTcs, B 3TOM cIydae MoxkeT npoucxogutdb aucconyanysa JHIT va JHK u ru-
cToHbI. [ToaTOMy XpoMaTyH (He30KCHPMOOHYK/IEOIPOTENH V/IM ellle KaK ero HasbIBasIu
paHbllle, HYK/ICOTVICTOH) ABJIAETCS C/IOKHBIM HYK/ICMHOBO-0€IKOBBIM KOMIIJIEKCOM,
B KOTOPBIII BXOJAT JIMHelHble BbICOKOIOMMMepHble Monekynbl [JHK n orpomuoe MHO-
>KeCTBO MOJIEKYJI IMICTOHOB (10 60 MTH KOIMil Ka>K[Oro THIA TMCTOHOB Ha sfipo). [-
CTOHBI — HauboIee XOPOIIO OMOXMMIYECKY U3ydeHHbIe Oenku (Tabr. 5).

[MCTOHBI — OTHOCUTE/ILHO HeOOIbIIINE TT0 MOJIEKY/IAPHON Macce 6enkm. Ity 6enkn
HPaKTUYECKM Y BCEX 9YKapuOT 00/1afjaloT CXOIHBIMI CBOVICTBAMM, OOHAPYKMBAIOTCS
OJTHM 1 T€ YK€ KJIaCChl I'MCTOHOB. K/IacChl TMCTOHOB OT/IMYAIOTCA IPYT OT APYTa 110 Cofiep-
JKaHJIO pPa3HbIX OCHOBHBIX aMMHOKNCTOT. Tak ructonsl H3 1 H4 oTHOCAT K apryHMH-
6oraTbIM, 13-3a OTHOCUTE/ILHO BLICOKOTO COfIep>KaHNA B HUX 9TOI aMUHOKIC/IOTBL. DT
TUCTOHBI ABJIAIOTCA Hanbojiee KOHCEPBATUBHBIMI U3 BCEX MCC/IEJOBAaHHBIX O@IKOB: MIX
aMMHOKMC/IOTHBIE TI0C/IE[JlOBATENIbHOCTY ITPAKTUYECKY OfIMHAKOBBI JlaXKe Y TAKUX OT/ia-
JICHHBIX BUJIOB KaK KOPOBa U FOPOX (BCEro iBe aMIHOKVIC/IOTHBIX 3aMEHBI).

IIBa npyrux rucrona H2A u H2B 0THOCATCS K yMepeHHO 00O0TallleHHbIM JIM3HOM
OemkaM. Y pasIMYHBIX OOBEKTOB BHYTPU 3TUX TPYIII TMCTOHOB OOHApYXMBAIOTCHA
MEeXBUJIOBble BapMallUM B UX NE€PBUYHOIN CTPYKTYpe, B IIOC/IE[OBATe/IbHOCTY aMUHO-
KIICTIOT.

Tucron H1 npencraBiser co60il He YHUKA/IBHYI0 MOJIEKYNY, a K/Iacc OGeIKoB, co-
CTOALIMX U3 HECKOJbKMX JIOCTATOYHO OIM3KOPOJCTBEHHBIX OEKOB C IepeKpbIBalo-
IMMICS TIOC/IEOBATe/IbBHOCTAMY aMUHOKUCIOT. Y 9TUX TMICTOHOB OOHApY>KeHbI 3Ha-
YNTe/IbHbIe MEXBUIOBbIE VI MEKTKaHeBble Bapyanuy. OTHAKO UX OOIIUM CBOMCTBOM
ABJISIETC 00OTallleHHOCTD TIM3UHOM, 4TO JiellaeT MX CAaMbIMV OCHOBHBIMU Oe/IKaMu, KO-
TOpBbI€ JIETKO OT/eJISII0TCS OT XpoMaTuHa B coneBsix (0,5 M) pactBopax NaCl. B pactso-
pax ¢ Bbicokoit nmonnoit cuoit (1-2 M NaCl) Bce TMCTOHBI TIOMTHOCTBIO OTAETSIOTCS OT
ITHK u nepexonat B pacTBop.

[l rcTOHOB Beex KimaccoB (ocobenHo mist H1) xapakTepHO KIacTepHOe pacIpe-
fle/leH1ieé OCHOBHBIX aMUHOKMC/IOT, TM3MHA U aprMHMHa, Ha N- 1 C-KOHIJaX MOJIEKYIL.
CpenuHHbBIE Y4aCTKM MOJIEKY/I TMCTOHOB 00pasyloT HeCKONbKO (3-4) a-CrnmpanbHBIX

Tabnuua 5. O6Lme CBONCTBA TMCTOHOB MAIEKOMMUTAIOLLMNX

OcHOBHble aMMHOKUCNOTbI, % OTHOLWEeHNe
n MonekynsapHas Kuncnbie
NCTOH OCHOBHbIX aMWHO-
Macca JU3uH ApruHuH AMUHOKMCIIOTD | o nbiM
H1 23000 29 1 5 54
H2A 13960 11 9 15 1,4
H2B 13770 16 6 13 1,7
H3 15340 10 13 13 1.8
H4 11280 11 14 10 2,5
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Puc. 5.5. Cxema TpexmepHOW CTPYKTypbl ructoHa H1: Puc. 5.6. Cxema pacrionoxeHus ru-
a-cnupanbHble yyacTky (1-4) n dubpunnapHbie C- u N-KoHLbI cToHa H1: ceppueBnHa HyKneocombl
MOAMNENTUAHON Lienw COCTOMT U3 [IBYX MOJIEKY/T KaXAoro

ructoHa H2A, H2B, H3 1 H4, okpyxeH-
HbIl BymMA BUTKamm JHK

y4acTKa, KOTOpble KOMIIAKTU3YIOTCA B IMOOYIAPHYIO CTPYKTYPY B M3OTOHMYECKMX
ycnoBusax (puc. 5.5). Ilo-BuaymMomy, Gorarble MOMOXKUTENIbHBIMY 3apsfiaMyi HeCIypa-
NN30BaHHbIe KOHIIBI O€MTKOBBIX MOJIEKY/I IMICTOHOB I OCYIECTB/IAIOT UX CBA3Db APYT C
npyrom u ¢ JHK. Y rucrona H1 nanbonee BaprnabenbHbIM sAB/sieTCst N-KOHeIl, OCY-
I[eCTB/IAIOMINI CBA3b C APYTMMMU TYCTOHaMM, a C-KOHell, 60TaThlil TM3MHOM, B3aUMO-
mevicteyet ¢ JHK (puc. 5.6).

B mporwecce >K1M3HeREATEIbHOCTY KI€TOK MOTYT IPOMUCXOANUTD MOCTTPAHC/IALMOH-
Hble M3MeHeHMs (MopudyKanym) IMCTOHOB: alleTI/INPOBaHNe ¥ MEeTUIMPOBaHUe He-
KOTOPbIX OCTAaTKOB JIM3MHA, YTO IPUBOJUT K IIOTEPE YMC/IA TIOTOKUTENbHBIX 3apAMIOB,
u ¢pochopunpoBaHye CEpPMHOBBIX OCTATKOB, IPUBOJAILEe K IIOSB/ICHNIO OTPULIATEIb-
HOTO 3apsja. Anetunuposanue n GpocopumnpoBaHye TNCTOHOB MOXXeT OBITb 0OpaTH-
MbIM. DTV MOU(UKALMN 3HAYUTETPHO MEHAIOT CBOJICTBA IUCTOHOB, X CHOCOOHOCTD
ceasbiBaTbes ¢ [JHK. Tak, moBbleHHOE anjeTM/IMPOBaHNe TUCTOHOB IIPEALIeCTBYeT ak-
TUBALMA T'eHOB, a ¢ochopummpoBanue n gedochopuanpoBanne CBI3aHbBI COOTBET-
CTBEHHO C KOHJI€HCallMeN 1 JeKOHIeHCallell XpOMaTHHa.

IvcTOHBI CHMHTESMPYIOTCA B LMUTOIUIa3Me, TPAHCIOPTUPYIOTCA B SAAPO U CBA-
spiBafoTcs ¢ JJHK Bo BpeMs ee permkanumu B S-mepuope, T.e. CMHTE3 TMCTOHOB I
IOHK cunxponusuposansl. 1Ipu npexkpamennn knetkoit cuaTesa [JHK ructonoBble
uHopmanonusie PHK 3a Hecko/bko MMHYT pacnajaioTcs, M CUHTe3 I'MICTOHOB OCTa-
HaB/IMBaeTcA. BKIOYMBIIMeCs B XpPOMATVH IMICTOHBI OY€Hb CTAOVJILHBI, IMEIOT HU3-
KYI0 CKOPOCTb 3aMEHBI.

4, DyHKLMOHaNbHble CBOICTBA rMCTOHOB

[Inpokoe pacpocTpaHeHe TMCTOHOB, X CXO[ICTBO Jja’Ke Y OY€Hb OT/aTIeHHbIX BU-
JIOB, 00513aTeIbHOCTb BXOXKIEHMA UX B COCTaB XPOMOCOM — BCE 3TO TOBOPUT 00 MX
Ype3BbIYalHO BaXKHON PO B IIPOLECCE KU3HEEeATETbHOCT KIeTOK. Elle 10 OTKpbI-
TUA HYK/IEOCOM CYIIECTBOBAJIO IB€ B3aMMOJOIIONHAIOIINE IPYT APYyTa IPYIIIbI TUIIOTE3
0 QYHKIVMOHAJIBHOI POJIY TYICTOHOB, O PETY/IATOPHOM U CTPYKTYPHOI UX POJIN.
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Bp1o 0OHapy»KeHO, 4TO BBbIEJIEHHBINI XpoMaTyH npu pobasneHmu K Hemy PHK-
HOJIVIMepa3bl MOKET ObITb MAaTPULIet /I TPAaHCKPUIILN, OFHAKO aKTUBHOCTD €T0 COCTaB-
JIIET BCETO JIMILD OKOJIO 10% OT aKTMBHOCTH, COOTBETCTBYIOIIEN aKTVBHOCTY BBITIEIEHHO
yrcroit [JHK. 9Ta akTMBHOCTD IPOrpeccBHO BO3pacTaeT 110 Mepe yAaIeHNA TPYIII IMCTO-
HOB U MOXKeT focTidb 100% Ipy IO/THOM y#a/ieHuy TUCTOHOB. OTCIoia MOXKHO OBbITIO Crie-
JIaTb BBIBOJ], 4TO OOl1Iee Cofiep>KaHue IUCTOHOB MOXKET PeTy/INpOBaTh yPOBEHb TPAHCKPUII-
. D10 HaOJTIOfieH e COBIIAZIaeT C TeM, YTO 10 Mepe yAalIeHNs IIMCTOHOB, ocobenHo H1,
HPOVICXOANT IMPOTpecCUBHAs IeKOH/ieHcalys, paspopaunsanye ¢pu6pumn JHIL, uro Bos-
MOXHO obrerdaet B3anmopericteue PHK-nommmepaser ¢ marpuanoit [THK. Taxk ke 65110
06HapY>KeHO, YTO MOAU(NKAIVA IUCTOHOB IIPUBOAUT K YCUICHUIO TPAHCKPUIILVIV U Off-
HOBPEMEHHOI! IeKOMITaKTu3alyu XxpoMaruHa. CiiefjoBaTeNbHO, HAlIpallBAETCs BHIBOJL, O
TOM, 4TO KOJIMYECTBEHHOE I Ka4eCTBEHHOE COCTOSAHME TYCTOHOB B/MsET Ha CTEIIeHb KOM-
MaKTHOCTM M aKTMBHOCTU XpoMaTuHa. OZHaKO OCTaBajICsAd OTKPBITHIM BOIIPOC O CHELN-
(bUYHOCTY PeryIATOPHBIX CBOVICTB IMCTOHOB: KAKOBA POJIb TYICTOHOB IIPYU CHHTE3e CIIEIV-
¢nuecknx nPHK B pasmyno juddepeHnnpoBaHHbIX K/IeTKaX. ITOT BOIIPOC IO CUX 0P
ellle He pellleH, XOTs MOXKHO Ce/IaTh HEeKOTOpble 0000IeHIs: Ha 9Ty PO/Ib MOTYT IIpeTeH-
ToBaTh Te ITPYIIIbI TMCTOHOB, KOTOpbIE Ha/IMeHee KOHCEpBaTUBHBI, Takue Kak H1 nmm kak
H2A n H2B, xoTopble MOTyT B 3HaUUTEIbHON Mepe MOAUPNIINPOBATLCA I TeM CaMBIM 13-
MEHATb CBOM CBOVICTBA B ONPETEIEHHbIX YIaCTKaX TEHOMA.

boia oueBMaHA M CTPYKTypHasA, KOMIAKTU3MPYIOLIas, poib IMCTOHOB B OpraHK3a-
Ly xpoMmaTuHa. Tak, mHocTerneHHoe fo6aBieHne Gppakunuy rMCTOHOB K pacTBOPaM 4M-
croit JHK npuBoaut K BbimazieHnio B ocajok komriekca [THIT, n Hao60poT, yacTuaHOEe
yha/leHue riCTOHOB 13 NperapaToB XpPOMaTyHa, BefleT K €r0 IEePEXONY B paCTBOPUMOE
cocrosHMe. C gpyroi CTOpOHbBI, B IUTONIa3MaTUIECKMX SKCTPAKTAX OOLMTOB 3€MHO-
BOJHBIX VIV SIMI] MOPCKVIX €Xeil, COflep>KalliX CBOOOJHbIE TYCTOHBI, JOOaB/IeHNUE TTI0-
6011 JHK (Bxmouyast ¢aroByio) NpuBOANUT K 0OPa3OBAHMIO XPOMATHHOBBIX GUOPUII
(JHIT), pyimHa KOTOPBIX B HECKOIBKO pa3 Kopode ucxonubix JHK. Otu fannble roBopsT
0 CTPYKTYPHOI1, KOMIIAaKTU3UPYIOLIeil pO/IM TUCTOHOB. /111 TOr0 YTOOBI OTPOMHBIE CaH-
TUMeTpoBble MoeKynbl JJHK ynosxnthb 110 [jj11He XpOMOCOMBI, MeIOLIell pa3Mep BCEro
HeCKOJIbKO MUKPOMeTpoB, Morekyna JIHK nomkHa ObITh KaK-TO CKpy4eHa, KOMITAKTH-
30BaHa C IVIOTHOCTBIO yrakoBKy paBHOII 1:10000. Oka3anoch, 4To B Ipoljecce KOMIaK-
tnsanuu JHK cymecTByloT HECKONIBKO YPOBHEI YIIaKOBKY, IIEPBbIE 113 KOTOPBIX IPAMO
OTIpefieNIAI0TCA B3auMogeiicTBreM rucToHos ¢ [JHK.

5. ncToHbI 06pasyIoT nepBblil, HYKNEOCOMHbIIA,
ypoBeHb KomnakTusauumn JHK

B paHHMX 6MOXVMMIYECKMX M 91eKTPOHHOMMKPOCKOIMNYECKNX paboTax ObUIO IO-
KasaHo, uyTo npemapatsl JHII comepkaT HUTYaThle CTPYKTYPBI € AMAaMETPOM OT 5 [10
50 HM. ITocTeneHHO cTano ACHO, YTO AuamMeTp GUOPM/UI XPOMATHHA 3aBUCUT OT CIIO-
co0a BbIle/IeHNs IperapaTa.

KpymnHbIM cOOBITHEM B M3y4eHUM XpOMAaTMHA ObIIO OTKpBITHE BYMA Pa3HBIMIU
CrIocob6aMy HyKeocom — JUCKPETHBIX YacTUIl XpOMaTuHa. Tak, Ipy OCaKAEeHNU Ha
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Puc. 5.7. HykneocomHble ¢prbpunnbl Puc. 5.8. Hykneocombl B Buge «6YCUH Ha HUATK»

MOJJIOXKKY /1A 97IEKTPOHHOM MUKPOCKOIINM NTPeNapaToB XpOMAaTHHA B LeJIOYHBIX YCTIO-
BUSIX IIPY HU3KOJ MOHHOI CU/Ie MOYKHO OBIIO BUZIETH, YTO HUTY XPOMATHHA IIPELCTaB-
T cO00J YTO-TO, HAIIOMUHAIIee «OyChl Ha HUTKe»: Heboblie, 0Koo 10 HM, I710-
6ysbl, cBA3aHHBIE APYT ¢ ApyroM oTpeskamu JHK mimHoit okono 20 uM (puc. 5.7, 5.8).
OTu HabMIOAEHNS COBIIAAAIM C pe3yabTraTaMy (PaKIIOHNPOBAHUA XPOMATIHA [IOCTIe
YaCTMYHOTO HYK/I€a3HOI'O IlepeBapyBaHMAL.

bb110 Haiieno, 4To ecy NOABEPrHY Th BbI/I€/IEHHBIN XPOMATHH I€MICTBIIO HYK/I€a3bl
MUKPOKOKKOB, TO OH TIOfIBEpraeTcs pacagy Ha perysApHO IOBTOPAIOLIMECA CTPYKTYPBbI.
Tak, [IHK, nomy4yeHnHas n3 XxpoMaTnHa, 06pa60TaHH0ro HYKJI€a30Ji, COCTOsANIA U3 CEPUN
OTpPe3KOB, KpaTHbIX 200 ImapaM 0CHOBaHMIL; BCTpedanuch orpesku B 200, 400, 600, 800 1
60b1IIe TTap HYK/IEOTU/OB (IL.H.). DTO TOBOPUT O TOM, YTO HYK/Iea3HOlI aTake B COCTaBe
XpomaryuHa nopsepratorca ydacTku JTHK, pacrionoskeHHbIe IpUMEPHO Yepe3 KaK[ble
200 1.H. ITpu aTOM B KMCITOTOpacTBOPUMYIO (ppak-
o (anskonomumepHast) [JHK yxomut Bcero 2%
aneproit JHK. Kpome Toro nocne Takoit Hykeas-
HOJ 00paboTKM M3 XpOMaTMHA IyTeM LeHTpudy-
TUPOBAHMS YHAETCS BBIEMNUTh (PPAKIVI0 YACTHUII
co ckopocThio cemumenTanuu 11S (S — emmumia
Caenbepra, ompefensmlias CKOPOCTb CeIVMEHTa-
Uy vacTull, paBHa 1-107" ¢), a TakKe yacTUIIbI
KPaTHOTO 3TOJ BeIM4YMHE pasMepa: JUMEpPbI, TpU-
MepHl, TeTpamepsl 1 T.Jj. OKa3anoch, YTO YaCTUIIBI
118 copepykar okono 200 1. JIHK 1 Bocems rucro-
HOB (oxmamep) 1o nBe Konuy rucronos H2A, H2B,

00 00 0000

Puc. 5.9. Cxema cTpoeHna Hykneocom-  H3 i H4 u ogHy kormto ructona H1. Takas cnoskHas

HOW YacTuupl (1): B COCTaB ee BXOJAT ye-
OM YacTULl {1): B COCTaB €€ BXOAAT ue HYK/IEONIPOTENU/IHAA YACTUIIA TIOy4YM/Ia Ha3BaHUe
Tblpe Nnapbl FMCTOHOB B OKTamepe (2) u

dparmenT OHK anvkon 146 nap ocHo-  HYKIeocomsl (puc. 5.9). bonee noppo6ubii aHanus
BaHUM (3) 3TOI ppaKIMI ITOKA3AT, YTO HYKIE0COMa YCTPOEHa
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CIeyIomyM 00pa3oM: OKTaMep TMCTOHOB 0Opa3yeT Oe/IKOBYI0 OCHOBY — CepJLieBUHY
(OT aHIJL core, 4acTO B Halllell TUTEpaType STOT TEPMUH UCIIONb3yeTcs Oe3 ImepeBofa:
KOp, KOpOBasi 4aCTMILIa), IT0 IOBEPXHOCTU KOTOpol pacnonaraercs JHK BemmunHoit B
146 11.H., obpasyromas 1,75 060poTa; octanbuble 54 m.H. [THK 06pasyior yuacTok, HeCBsI-
3aHHBIII ¢ 6€/IKaMIM CepALIeBMHBI — JIUHKEDP, KOTOPBII, COSVHASA [IBE COCEHIIE HYK/IeO-
combl, nepexoput B JTHK cnenyromert nykneocomsl. Incron H1 cBAsbIiBaeTCA YacTUIHO
C OCHOBHOIT, CEpALIeBMHOI U € YIaCTKOM MHKepa (oxoo 30 1.H.). CrenoBaTenbHo, IOoI-
Hast Hyk/1eocoMa comepxut okoso 200 m.H. [JHK (146 m.H. — cepaueBuHa, 30 I.H. — y4a-
CTOK JTMHKepa B KoMInekce ¢ tuctonom H1, 30 m.H. — cBobopnas [JHK), okramep cepo-
yesuHHbIx (KOPOBBIX) TMICTOHOB ¥ OfHY MOJIeKyy ructona H1. MomekynapHasa macca
IIOJIHOM HyKeocombl — 262000 [Ja. PaccunTaHo, 4TO Ha BeChb ralVION/IHbI T€HOM 4e/I0-
Beka (3 - 10° map ocHoBanmit) nmpuxoputcs 1,5 - 107 HyK/I1e0CoM.

Cepouesuna vy KOpoBas 4acTuia (WIM MUHMMaJIbHAsA HYK/IEOCOMa) OYeHb KOH-
CepBaTUBHBI II0 CBOEI CTPYKType: OHM BCerpa copepxaT 146 n.H. [JHK u oxramep ru-
CTOHOB. J/IMHKEPHBIN Y9aCTOK MOXKET 3HAUUTENbHO BapbupoBaTh (0T 8 no 114 m.H. Ha
HYKJIEOCOMY).

Vcnonb3ysa MeTom paccesHUsA HENTPOHOB, YAA/IOCh YCTAHOBUTb (GOpPMYy U TOY-
Hble pasMepbl HyK/eocoM. I1pu rpy6oM npubamkeHnn — 310 IIOCKUI UVIVHAP VTN
nraitba guamerpom 11 HM 1 BbICOTOT 6 HM. Pacmomarasich Ha MOIJIOXKKE TIJIs 97IEKTPOH-
HOTO MMKPOCKONVPOBAHUSA, OHYM 00pasyioT «OycUHBI» — ITIOOY/IsIpHBIe 00pa3oBaHMS
0Kko0710 10 HM, TyCbKOM, TaHJEMHO CUAAIINE Ha BBITAHYTbIX MoneKkynax JJHK. Ha ca-
MOM JKe JieJIe BBITSHYTBIMU SIBJIAIOTCS TOJIbKO JIMHKEPHbIE YYaCTKI, OCTa/IbHbIEe TPY YeT-
Bepty gvHbl [JHK cnvpanbHo ynoyxeHs! 1o nepudepun rmcTOHOBOro okrtamepa. Cam
TYICTOHOBBIN OKTaMep, KaK CUMTAIOT, MeeT GOpMY, HAaIIOMMHAIOIIYIO MY JU/ISI UTPBI B
parou, B cocraB Kotoporo Bxoput terpamep (H3, H4) X 2 u 1Ba He3aBUCUMBIX Mepa
H2A, H2B. Ha puc. 5.10 nmpeficTaBieHa cXeMa pacIo/I0KeHNs TUCTOHOB B CEPJILIEBUH-
HOJI YaCTV HYK/IEOCOMBI.

B ¢ubpwmnax xpoMaTyHa TMHKEPHBIN YIaCTOK He JIMHEEH, a IPOJo/Kas CIIUpPab
JHK Ha MoBepXHOCTM HYK/IEOCOMHOJ 9aCTUIIBI CBA3BIBAET COCESHNE HYK/IEOCOMBI TaK,
qTO o6pa3yeTc;1 KaK ObI CIUIOIIHAS HUTD, TOMIIMHO 0KOTO 10 HM, COCTOAIIAs 13 TECHO
pacIonoXeHHbIX HyK/IeocoM (puc. 5.11) IIpu aTOM 3a CYeT HOIOIHUTEIBHON CIMpa-
mmsanuu [JHK (1 orpunarenshsiit cynepsutok JHK Ha 1 Hyk1eocomy) mpomcxoaut

Puc. 5.10. Cxema pacrnonoxe-
HUA FTMCTOHOB B HYKNeocome
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Puc. 5.11. HykneocomHas Hutb  Puc. 5.12. TepmuHanbHbie mogudu-  Puc. 5.13. Tpu c6opke Hykne-

[HN (a) n 30-Hm Gpubpunna xpo-  UMpPOBaHHbIE N-KOHLIEBbIE YHaCTKI Y- OCOMbI BHaYasie B3auMOAeN-

maTuHa (6) CTOHOB B COCTaBe HyKNEOCOMbI cTByet TeTpamep H32-H42, 3a-
Tem ABa gumepa H2A-H2B

nepsryHas komnakTusanysa JTHK, ¢ mmoTHoCThIO yrakoBKy paBHOM 6-7 (200 11.H. aym-
HOJI 68 HM, Y/I0XKeHBI B I7I00y/y imameTpoM 10 HM). Ykmaaka moury aAByx ButkoB JJHK
1o nepudepnn cepaLeBIH HYKIOCOMBI IIPOMCXOANT, KaK CUNTACTCS, 32 CUET B3aMMO-
TelICTBUSA MONMOKUTENIbHO 3apsDKEHHBIX aMMHOKUC/IOTHBIX OCTAaTKOB Ha ITOBEPXHOCTU
oxtamepa ructoHoB ¢ pocdaramu JHK. N- u C-KoHIeBble y4aCcTKV CepALleBUHHBIX I~
CTOHOB, 0OOTalljeHHbIE ITOIOXKUTETbHBIMY 3apsfilaMIi, BEPOSATHO, CIIY>KaT IJIS1 JOIIO/IHU-
TEbHOI CTAOM/IN3AINY CTPYKTYPBI HYK/IEOCOMBI.

B cocTaBe HYK/1€0COMBI Y K&KIOTO rMCTOHA N-TepMUHaIbHbI GUOPUIISIPHBI y4a-
CTOK obpaieH HapyXy. N-TepmuHanbHble y4acTky riuctoHoB H3 n H2B nokanusyorcs
mexpy oboporamu JHK, a repmmuanbHble yyacTky ructona H4 KoHTakTHpyIoT ¢ foMe-
HoM H2A « H2B Ha cocepneit Hykieocome (puc. 5.12). Mopndukanmm rucTOHOB Ipo-
VICXOJISIT ITTaBHBIM 00pa3oM Ha 9TMX TEPMUHAIbHBIX YYaCTKaX, YTO M3MEHsIeT 3apsiy| Ha
0e/IKOBBIX MOJIEKY/IaX HYK/IEOCOM Y I3MEHsIEeT CBOVICTBA OKTOMEPOB IIPY PeIINKALNA 1
TPAHCKPUIILINY, a TAKXKe NIPYU KOHAeHcauun xpomatuHa. Tak, pochopunmnposanne ru-
crona H1 Ha Haya/pHBIX cTagusaX S-dasbl IOArOTABINBACT XPOMATUH K KOHJEHCALUN
BO BpeMs Mutosa. [Toce mutosa npoucxoput gedocdopumposanne riuctona H1 npu
nepexope B MHTepdasy.

Benymas pornb cepAilieBMHHBIX (KOPOBBIX) OenKkoB B komnakTr3anyu JJHK nmokasana
npu caMoc6opKe HyK/IeocoM. Perynmmpys mocieoBaTebHOCTb JOOAB/IeHUs TICTOHOB
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n JHK, yganocy nony4nTs NOMHYI0 peKOHCTPYKIMIO HYK/IeocoM. B aToM mpoliecce He
UTpaeT HUKAKON PO/IN UCTOYHUK, OTKyza O6bu1a B3aTa [JHK: aTo Moxket 6b1Th [THK 6ak-
tepun u gaxe nukmdeckas JTHK Bupycos. Oxasanocs, 4To st 06pasoBaHys HYK/IeO-
coM ructoH H1 He TpebyeTcs, OH y4acTByeT B CBA3BIBAaHMMU YK€ FOTOBBIX HYK/I€OCOM
IPYT € APYyroM u B o6pazoBaHyyu 6oree BbICOKUX ypoBHeit kommnakTusanuu JHK. Kiro-
YeBbIMU B IIOCTPOEHNN HYKIE€OCOM OKazanuch ructonsl H3 n H4. ITpnu saTtom BHavane
IHK cBasbiBaercsa ¢ TerpamepoM (H3, H4) X2 x koTopoMy 103)Ke IPICOENUHAIOTCA
nBa guMmepa H2A « H2B. BepoATHO, BbIcOKas KOHCEpPBAaTUBHOCTD B CTPOEHUN IYICTOHOB
H3 u H4 oTpakaeT ux BeAyILIyI0 CTPYKTYPHYIO PO/Ib Ha IepBbIX 3TallaX KOMIAKTH3a-
vt JHK mpu o6pasoBannu HyknmeocoM (puc. 5.13).

6. Hykneocombl npu penanKawuy U TPAHCKpMALMNA

Kak »xe mpomcxogut obpasoBaHme Hykineocom npu pemmmkanym JTHK, xakosa
cynbba HYK/IEOCOM B BMJIKE PEIUIMKAIVM, KaK paclpefie/II0TCs HOBbIe U CTapble HY-
K/I€OCOMBI VIV UX O@/IKM — BCe 3T BOIIPOCHI ellle 10 KOHIIA He pa3pelleHbl.

ITpy 3/1€KTPOHHOMUKPOCKOIMYECKOM MCCIEI0BAaHNY PeIUINLMPYIOLIErocsl XpoMa-
THHa OBUIO OOHAPY)KEHO, 4TO 00e HOBOOOpa3oBaHHbIe GUOPUIIIBI COTEpXKAT HYK/IeO-
comsl (puc. 5.14). Ecu yuects ckopoctb cunTesa JJHK aykapuor (20 HM/C), TO HOBBIE
HYK/ICOCOMBI TPV YBOEHMUM XPOMOCOMHBIX (GMOPIUIII JO/DKHBI BO3HUKATb CO CKOPO-
cTbio 3—4 c. Takas BbICOKast CKOPOCTb 0Opa3oBaHMsA HYK/IEOCOM CBSI3aHa C TeM, YTO B
MoMmeHT cuHTe3a JIHK cyujecTByeT y>ke Imyn CMHTe3MpOBaHHbBIX I'MICTOHOB BCEX KIIac-
COB, TOTOBBIX BOJITH B COCTaB HYK/ICOCOM. [MICTOHOBBIE I'eHBI, OTHOCAIIECS K (PpaKIym
yMepeHHO NOBTOpsAIMXCcA nocnegoparenpHocteit JTHK, npencrasnensl B Buje MHO-
JKeCTBEHHBIX KOINI /711 KaXK710T0 rMcToHa. OHM aKTMBUPYIOTCA BMeCTe C Ha4yaIoM CUH-
te3a [JHK, mostomy o Mmepe mpofBIDKeHN peIIMKALMIOHHON BUIKY, HOBbIE Y4aCcTKI
JHK MoryT cpa3y B3auMOfIefICTBOBaTb C HOBOCMHTE3MPOBAHHBIMU I'MCTOHaM. HoBo-
CUHTEe3/pOBAHHbIE IVICTOHBI I CTapble TYICTOHbI B COCTaBe IIPEILIeCTBYIOIMX HYK/Ie-
0COM He CMeLIMBAIOTCA Ipu 0O6pasoBaHMM HYKJIeocoM BO Bpems permkanyn JHK.
BMecTo 3TOr0 OKTaMephl TMCTOHOB, IPUCYTCTBYIOLINE IO PeIIMKALIMY, OCTAIOTCA MH-
TaKTHBIMU U NE€PeXOfAT Ha fouepHuit gymnekc JHK, B To BpeMsa KaK HOBbIE€ TMCTOHbI
COOMPAIOTCA B COBEPLIEHHO HOBbIE KOP-YaCTUIBI Ha CBOOOIHBIX OT HYK/IEOCOM y4acT-
kax JJHK. Crapble 1 HOBbIe OKTaMephl TUCTOHOB PACIPENeNAITCA MEX/Y I0YePHUMU
nymnexcamu [JHK cmyvaitapiv o6pasom.

YTO MpOMCXOANT CO CTaphIMM HYKIeOocoMaMM B Buke permKauyyy JJTHK no xonna
He sicHo. COITIacHO OJHOI M3 TUIIOTE3, KaKJas U3 HYKIe0COM IIpy NOAXOfe K Heil pe-
IUIMKATUBHOI BWIKYM KaK OBl pacIlelUIfieTcsi Ha JIBe «IONTYHYKIEOCOMbI», a HYK/IEO-
comuas JHK pasBopaumBaeTcsi, 4ToObl [aTh
npoiitn 3ToT yyacTok JTHK-mommmepase. Ilo-

C7le 3TOTO HOBOCUHTe3upoBaHHas nenb JHK

CBASBIBAETCS CO CBOOOXHBIMM TMCTOHAMU, KO-  pyc, 5.14. Mpy pennukaunn SHK Hykneoco-
TOpbIe eCTb B M30BITKE B AApe, I OOPA3yIOTCA  Mbl 06HAPYXMBAIOTCA Ha 06ENX HOBOCUHTE-
HOBbIe HYK/IeoCOMbl Ha BTOpoit tennu JHK. 31PpOBaHHbIX MONeKynax
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Kak y»e yrnmoMmHanocsp, A1 aKTMBHO (YHKIMOHMPYIOIIMX 30H XpPOMaTHHA XapakK-
TEPHO JeKOHJIeHCUPOBaHHOe, MuddysHoe, cocTosHMe. Ha sToM cBojicTBe XpoMaTuHa
OCHOBAH OJIVH 13 METOJOB HOMy4eHNs PppaKumil aKTMBHOTO XPOMATHHa, KOI/ja C ITIOMO-
IIbIO0 LEHTPUPYTMPOBAHNA YHACTCA OCAUTh KOHICHCHPOBAHHBI XPOMATUH U3 TOMO-
TeHATOB sJiep, OT/Ie/IMB ero TeM CaMbIM OT ¢ (Y3HOro XpOMaTnHa, 00/1a/IaI0IIero Bbl-
COKOI1 TPAaHCKPUIIIMOHHOM aKTUBHOCTBI0. PpaKuuy akTMBHOTO XPOMATHHa 00/1a/jatoT
PAIZOM XapaKTepHBIX CBOJICTB: IIOBBILIEHHOI YyBCTBUTEIbHOCTDIO K HyK/I€a3aM, IIOBbI-
IIEHHBIM YPOBHEM MOAMQUKAINM TUCTOHOB (OCOOEHHO alleTMIMPOBAaHNMEM TIVICTOHA
H1), noBbIlIeHHBIM COfiep)KaHVeM HeKOTOPBIX HETMICTOHOBBIX O€/TKOB.

broxummdeckne faHHbIE TOKA3BIBAIOT, YTO BO BpeMsA TPAHCKPUIILINA YaCTh HYK/IEO-
coMHBX 6enkoB octaeTcs csizaHHOI ¢ [JHK. Hykmeocompl Kak 9acTHI{bI BUHBI Ha XPO-
MAaTVHOBBIX GMOPIIIIAX KaK JO MECTa OTXOXK/IEHNA TPAHCKPUIITA, TAK Y [TOC/Ie HETO P
penkoiit mocagke PHK-nonmmmepassl, depmenTa BiBoe 60nbInero, yem Hykaeocoma. [Tpu
9acTol IIOCajike 9TOro ¢pepMeHTa (HalpuMep Ipy TPAHCKPUIILMK PUOOCOMHBIX T€HOB
VIV T€HOB B IPYTUX aKTMBHBIX JIOKycax), yacTuibl PHK-nonmmepaser pacronaraioTrcs
TeCHO JIPYT K YTy U MeX]y HUMM HYKJIeOCOMbI He BU/IHbI. BeposiTHee Bcero Hykieo-
comHble Oeky mpu mpoxoxkaennu PHK-monnmepassr He tepsitor cBssu ¢ JHK, a cama
IHK B cocTraBe HyKeocoMbl pasBopadnbaercs. [Ipenararor 1Ba BapyaHTa M3MeHEHN
CTPYKTYpbI HyK/ieocoM npu cuHTese PHK: npyu ognoM HykreocoMa «paciienisaeTcsa» Ha
IBe NoTyHyK/IeocoMbl, a [JJHK pasBopaunBaeTcs; mpu pyroMm — HyK/I€0COMa YaCTUYHO
TEeKOMIIaKTU3UPYACH, cOXpaHsAeT TeTpamep H3-H4, a nBa numepa H2A-H2B BpemenHo
OTXOJIAT, a 3aTeM, 1ocsie npoxoxjennsa PHK-nonnmMepassl, Bo3BpaliaioTcs, Ipyu 3TOM
BOCCTAHAB/IMBAETCA MCXOJHAA HYK/IEOCOMA.

7. Bropoii ypoBeHb komnaktusaumun JHK — 30 Hm ¢pubpunna

Takum 06pasom, HepBblil, HYK/IEOCOMHBI, YPOBEHb KOMIIAKTM3aLMI XPOMATHHA
UIpaeT KaK Pery/sITOPHYIO, TaK ¥ CTPYKTYPHYIO POJib, 0OecIednBas IIOTHOCTD YIIa-
koBky [THK npnbnmmsurensHo B 6-7 pas.

OnHako BO MHOIMX 3/EKTPOHHOMUKPOCKOIIN-
YeCKUX MCCIEJOBAHMAX ObIIO ITOKa3aHO, YTO KaK B
MUTOTUYECKIX XPOMOCOMaX, TaK U B MHTePHa3HbIX
AApax MOCTOSIHHO BBIABIISIIOTCSA GpuOpmIbl Xpoma-
TuHa ¢ fuametpom 30 uMm (puc. 5.15). XpomatuHo-
Bble GMOPWU/IIBI TAKOTO AyaMeTpa ObII BUHBI KaK
Ha YIbBTPATOHKUX Cpe3ax mocie GpUKCaluy IIyTa-
POBBIM Q/IBJETUIOM, TaK U Ha Iperaparax Bblje-
JIEHHOTO XPOMAaTWHA VM BBIJETEHHBIX XPOMOCOM B

Puc. 5.15 dnekTpoHHas doTorpadus nHTepdasHoro agpa npu
AeKOHAEHCaLMM XpoMaTiiHa B pacTBope C HU3KOM MOHHOM Cu-
noit. BugHbl Hykneomepbl (HM) B coctaBe 30-Hm dubpumnbl
XpomatyHa
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Puc. 5.16. «CynepconeHonp», COCTOAWMA U3 Puc. 5.17. Cxema ctpoeHuna 30-Hm
[JHK 1 6 Hykneocom bnbpnnnbl XpomaTnHa:

a — CONeHOVAHbIN TUM; 6 — HyKneo-
MEPHbIA TUM YKNAAKN HYKNEOCOMHOW
Gunbpunnbl

pacTBOpax, COfiep>KaIINX XOTA Obl HM3KME KOHILIEHTPAlM/ ABYXBa/ICHTHBIX KaTHOHOB.
Beio nokasaHo, yto 30 HM ¢ubpMIIa XpoMaTnHa MOXKeT 0OpPaTHO MEHATD CBOJ Jiua-
MeTp, CTAHOBUTbCSA puOpMIION ToMIuHOIM 10 HM, eC/u TperapaThl XpOMaTIHA Tepe-
BOJUTD B [IEMOHV30BAHHYIO BOZLY M/IM B pacTBOPBI, cogepskaiye xenaTod DI TA. C gpy-
TOJl CTOPOHBI, la)Ke YaCTUYHAsA SKCTpaKkuuA ructoHa H1 nmepesoput ucxopnsle 30 HM
bubpusl XpomMaruHa B 10 HM HUTH, MIMEIOII/e TUIMYHBIN HYK/IEOCOMHBII YPOBEHb
opraumsanuu. [Ipu mobasnennn K HuM ructoHa H1 BoccTaHaBnMBaeTCs mepBOHAYAID-
HBIIT iuameTp Gubpu.

Bce 5T0 rOBOpMIIO O TOM, UTO HYK/IEOCOMHBIE LIEITOYKM XPOMAaTHHA KaKUM-TO CITEIIV-
duyeckrM 06pa3oM yIIO>KeHbI TaK, YTO BOZHUKAET He XaOTN4eCKas arperarys HyK/1eo-
COM, a IIpaBW/IbHAsA HUTYATAsA CTPYKTYpa AuamMeTpoM 30 HM.

OTHOCHUTEIBHO XapaKTepa YIaKOBKM HYK/IeOCOM B cocTaBe 30 HM ¢puOpmIs Xpo-
MaTyHa CyIeCTBYET, [0 KpaliHell Mepe, gBe TOUYKM 3peHuA. OfHa M3 HUX 3alININAET
T.H. CONEHOUOHBIIL Mun yKIagKku HyKneocoM (puc. 5.16). CoracHO 9Toit MOfie/Ii HUTb
IUVIOTHO YIIaKOBAHHBIX HYK/IEOCOM AMmamMeTpoM 10 HM oOpasyeT B CBOIO O4epefb CIIM-
panbHbIe BUTKM C IIaroM crypany okono 10 HM. Ha ogya BUTOK TaKoli cynepcnupann
HIPUXOANUTCS 6 HyK/meocoM (puc. 5.17). B pesynbrare Takoil yIiakoBKy BO3HMKaeT Gpu6-
pWina coupanbHOTO TUIIA C IIeHTPAIbHOI MOIOCTbIO, KOTOPas MHOIZIA Ha HETaTUBHO
OKpallleHHBIX ITpenaparax ObIBaeT BIJHA KaK Y3KUII «KaHa/I» B IieHTpe pubpumws. [Tpn
JaCTUYHOM pa3BOpadMBaHNUM, JEKOMIIAKTU3ALNM TaAKOM PUOPIIUIBI ¥ HAHECEHNM ee Ha
HOZIIOXKKY XOPOLIO BUJHO «3Ur'3aro00pasHoe» pacIonoyKeHe HYyKIeocoM Bob (hub-
pumnbl. Cantaetcs, 4To ructoH H1 obeceunBaeT B3anMoieiicTBIeE MEX/Y COCETHUMM
HYK/IEOCOMaMI, He TOJIbKO COMVDKas 1 CBA3BIBAA VX APYT C APYTOM, HO 1 obecrednBast
KOOIIePaTUBHYIO CBA3b HYK/IEOCOM TaK, YTO 00pasyeTcs JOBOIBHO IVIOTHAS CIMPAIb U3
10 HM ¢ubpMIBLL YianeHue, faxke 4acTU4HOe, ructoHa H1 Bpi3biBaeT nepexos 30 HM
¢ubpumas B 10 HM Gubpuiny, a MONMHOE yAa/leH)e ero BbI3bIBaeT pa3BOpadlBaHIe
HOC/IeHell B CTPYKTYPY THUIIA «OyCUH-Ha-HUTU». TaKol COIEHOMIHBIN TUI YIIAKOBKY
JHK npuBoanT K IJIOTHOCTM YIaKOBKYM paBHON IpubnusntensHo 40 (T.e. Ha KaX/bIit
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MKM HuTy npuxopurcs 40 mxm JJHK). Oty npepcrasienns Iomydnin NOATBEP>KAEHIE
IIpU aHa/MM3e CTPYKTYPBl XPOMATIHA C IOMOIBIO AUPPAKIIUY PEHTTeHOBCKIX JTydel 1
HEITPOHOB. 37iech HEOOXOAVIMO OTMETUTD, YTO NPEACTAB/ICHNE O COICHOVTHOM THUIIe
YKJIaZIKVl TIOJTy4eHbI 13 aHa/I/3a BTOPMYHO KOHJIEHCMPOBAHHOIO XpOMATHHa.

Ecmn >xe nccnenoBaTb XpOMaTHH B COCTaBe sifiep WIN B BIJie BbIJeTIeHHBIX IIpenapa-
TOB, HO IIPU IOJI€pKAaHNY OIIpee/IeHHOI KOHIIeHTPpaluy IByXBaJTeHTHBIX KaTHOHOB
(ne HIDKe 1MM), TO MOXXHO BUJETDh AMCKPETHOCTH B cocTaBe 30 HM GubpmmiI Xxpoma-
TIMHA: OHA COCTOUT KaK OBI 13 COMDKEHHBIX ITI0OYII TOTO XKe pa3Mepa, U3 HYKeomMepos
(puc. 5.18). B 3apybexHoit mureparype Takue 30 HM I7100y/IbI MM HYKI€OMepbl HOJy-
)M Ha3dBaHMe CBepXOycuH («Cymepbunbl»). B cocTaB ogHOro Hykeomepa BXOGUT OT-
pesok JHK, coorBeTcTBytomuit 1600 mapamM oCHOBaHMII MM 8 HYK/IEOCOMaM.

KoMnakTHOCTb HyK/leoMepa 3aBUCUT OT KOHLIEHTPALMM MOHOB MAarHMsA M HalU4yus
rucrona H1. HerucronoBble 6enky B KOHGOPMALMOHHBIX IIPEBPAIeHNAX HYKIeOMe-
POB He Y4acCTBYIOT.

Takum ob6pazom ocHoBHas 30 HM ¢uOpwWIIa XpoMaTuHa NPeACcTaBsieT coOoi
NVHEHOe JepefjoBaHNe HYK/IeOMepPOB BJOTb KOMIAKTN30BaHHOI Monekynsl [JHK
(cMm. puc. 5.18). BepositHo, uTO ructoHbl H1, HaXxonsch B IIeHTPaabHOIl 30HE ITOI
KPYIIHOI 4YaCTUIIbI, B3aMMOAEIICTBYA IPYT C JPYTOM, IOAJeP>KUBAIOT €€ 11e/I0CTHOCTD.
B monb3y 3TOro roBOpAT JlaHHbIE O KOOINEPaTMBHOM CBA3bIBaHMM rucrtoHos HI B
rpy1iie o 6-8 MOIEKyII.

ITporuBopeune MeXAy CONEHOUIHOI 11 HYKI€OMEPHOI MOJIe/IbI0 YIIAKOBKI HYKJIe-
0COM B cocTaBe GUOPUIT XpOMAaTHHA MOXKET OBITh CHATO, €C/I IPUHSATH MOJIENb Hepe-
TYIAPHOTO CONIEHOMJA: YMC/IO HYK/IEOCOM Ha BUTOK CIMPA/M He ABIAETCSA CTPOro II0-
CTOSTHHOJI Be/IMYMHOI, YTO MOXKET IIPUBECTY K YePeJOBAHNIO YIaCTKOB C OO/IBIINM VN
MEHDIINM YJC/IOM HYK/IEOCOM Ha BUTOK.

HyxkeomepHblii ypoBeHb YK/IafiKyi XpoMaTuHa obecreunBaer 40-KpaTHOe YIUIOT-
HeHye JTHK, 4uTo Ba)XHO He TONMDBKO A/ JOCTIDKEHUA Iieell KOMIIAKTM3alMM TUTAHT-
cknx monekyn JJHK. Komnakrusanusa JHK B cocraBe 30 HM ¢pubpumt xpomaTtinHa Mo-
XKeT HaJlaraTb JOIIOJTHUTE/NIbHbIe (PYHKIVOHA/NIbHbIe OrpaHnYeHns:A. Tak, O6p10 06Hapy-
XKeHO, 4To B cocraBe 30 HM ¢ubpwmwipl xpomaruHa [JHK cTaHOBUTCA IpakTUdeckn
HEJOCTYIIHO 111 B3aMMOJielicTBUA ¢ TakuM pepmenToM kak Metwnasa JJHK. Kpome
TOTO, Pe3KO IafIaeT CIIOCOOHOCTh XpoMaTuHa cBa3biBaThca ¢ PHK-nonmumepasoit u ps-
JIOM peryIATOpHBIX 6enKkoB. Takum o6pasom, BTopoit ypoBeHb KommakTuzanuy JHK
MO>XKeT UTPaTh poyb PaKTOpa, MHAKTH-
BUPYIOLIETO T'eHBI.

B sax/oueH1e HeOOXOIMMO ellle pas
HaIlOMHUTb, YTO KaK HYK/IEOCOMHBIIL,
TaK U HYKI€OMEpHBIN (CynepOumHbIi)
ypoBHM KommakTtusauyu JHK xpoma-
TMHA OCYIIECTBJIAIOTCA 32 CYeT TUCTO-
HOBBIX 0€/IKOB, KOTOpbIE Y4acTBYIOT
He TOIbKO B 00pa3soBaHUy HYK/IEOCOM,
Puc. 5.18. Hykneomepbl Ha Cpe3ax sifiep NeUeHn Kpbicl  HO ¥ B X KOONEPATMBHOM OObenHe-
npu gekoHpgeHcaun XxpomaTmHa HUU B BUJE (1)I/I6PI/IHTI HHH’ rae HHK
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IpeTepIrieBaeT JOIOTHUTENIbHYIO CBepXCIMpanu3anyio. Bce ocTambHble YPOBHU KOM-
MAaKTHM3aLNU CBA3AHBI C Ja/JIbHENIINM XapaKTepoM ykaagku 30 HM ¢puOpuI B HOBbIE
KOMITAaKTV3aIYIOHHbIE YPOBHI, T7ie BEAYILIYIO POJIb UTPAIOT HE2UCHOHOBbLE OenKU.

8. HeructoHoBble 6enku

HerncroHoBble 6Ky cOCTaBIAIT 0KOIo 20% OT Beex 6enkoB xpomarusa. 1o onpe-
JIeTIEHIO, He2UCOHOBbLe bentku — 1Mo 6ce OeNIKU XPOMAMUHA, KPOMe 2UCTOHO8, 8bloe-
TITIOULUECS C XPOMAMUHOM UIU XPOMOcoMamu. ITO cOOpHast rpymia 6e/l1KoB, OTINYA0-
IUIXCSA APYT OT APYTa KaK II0 OOILIMM CBOJICTBAM, TaK 1 110 GYHKIMOHAIbHOI 3HAYMMO-
cti. Oxoro 80% 13 HETMCTOHOBBIX O€TIKOB OTHOCUTCS K Oenkam A0epHo20 mampukca,
0oOHapy>X1BaeMbIX KaK B COCTaBe MHTep(a3HBIX sAfep, TaK U MUTOTUYECKUX XPOMO-
coM. J1a rpymma 6enKoB OyeT OT/IeNIbHO pacCMOTPEHa B pasfieie, IOCBAIIEHHOM KOM-
IJIEKCY CTPYKTYP, BXOJAIINX B COCTaB SAIEPHOTO MaTpMKca: pUOPO3HBIIl C/I0I WM /1a-
MIHa AJePHOI 000I0UKM U BHY TPEHHUI AePHBIN MATPUKC, UHTEPXPOMATUHOBAS CETh,
MAaTPUKC AAPBIIIKA (CM. HIKeE).

Bo ¢pakijuio HerMCTOHOBBIX OENKOB MOYKET BXOAUTD OKOJIO 450 MHAMBU/YaIbHBIX
6€/IKOB ¢ pasIM4HOI MOMeKy/sIpHOIt Maccoit (5-200 k]I). YacTp aTux 6eKoB Bogopac-
TBOPJMA, YaCTb PACTBOPUMA B KUC/IBIX pAaCTBOPAX, 4aCTh HEIIPOYHO CBSI3aHA C XpOMa-
THOM 1 aycconympyet npu 0,35 M xonnenrtpauun coneit (NaCl) B mpucyrcTBun me-
HaTypupymomux areHtoB (5 M mModeBuHa). [ToaToMy XxapakTepucTuka u Knaccuuka-
IV 5TUX O€/IKOB 3aTPy/iHEHa, a caMy Oe/KM ellje HelOCTaTOYHO M3y YeHBL.

Cpeny HeTHMCTOHOBBIX 0€/IKOB OOHApYXMBAETCS LIe/bIIl PAJ PeryIATOPHBIX Oen-
KOB KaK CTUMYIMPYIOIMX VHULIMALUIO TPAHCKPUIILIMY, TaK U VHTUOUPYOIUX ee,
obOHapy>XeHbl Oenky, crenuduIecKy CBSA3BIBAIOIMECS C OIpeNeTeHHbIMU IIOCIIe-
poBatenbHOCcTsAMYU Ha [JHK. K HerncToHoBBIM 6Oe/lkaM OTHOCAT TakKe (pepMeHTBHI,
y4yacTBylomme B MeTabonmmsme HyknemHoBbix KucnoT (JHK-nmommmepaser, JHK-
tononsomepasel, Mmetunasel JHK n PHK, PHK-nonmumepaser, PHKaser n THKa3sbr
U T.I.), 6enKOB XpomaTyHa (IIPOTEMHKMHA3Bl, METWUIA3bl, alleTUIa3bl, [IPOTEa3bl
U Ip.) ¥ MHOTHMeE JIpyTHe.

Hanb6osee nogpo6HO n3ydeHbl HETMCTOHOBBIE OEIKM T.H. TPYIIIbI C BHICOKOI IO
BiokHOCTBIO (HMG — high mobility group, nmun «6enkn JIoncar»). OHM XOpOLIO 9KC-
tparupytorca B 0,35 M NaCl u 5% HCIO, n o6/agatoT BICOKOI 371eKTPOdOpeTUIeCKOI
MOABIDKHOCTBIO (oTClona mx HasBaHue). OcHoBHBIXx HMG-6enkoB detsipe: HMG-1,
HMG-2, HMG-14, HMG-17. 9ra rpynmna Hanb6osnee 6orara mpefcrasaeHa Cpefy Hern-
CTOHOBBIX 0€/IKOB: B KJIETKE VX OKOJIO 5% OT BCEro 4ycia rucToHoB. OCOOEHHO 4acTo
3TM OeJIKM BCTPEYarTCs B aKTMBHOM XpoMaryHe (puMepHo 1 monexyna HMG-6enka
Ha 10 Hykrteocom). benkn HMG-1 1 HMG-2 He BXOZAT B COCTaB HYK/IEOCOM, @ CBSI3BI-
BAIOTCSA, BUUMO, ¢ muHKepHbiMu ydacTkamu JJHK. benkn HMG-14 1 HMG-17 cBa3bI-
BAIOTCA C CEPALIEBMHHBIMM Oe/IKaMI HyKJIEOCOM, 4TO 00ecIIeunBaeT, BEpOsATHO, M3MEHe-
Hle ypoBH: KoMmnakTusauyu ¢pubpun JJHII, koTopble cTraHOBATCS 60/1€e JOCTYITHBIMU
nna B3aumozeiicTeua ¢ PHK-monmumepasoit. B atom cnyyae HMG-6enkn BbICTyTIaloT
B KaueCTBe PEery/ATOPOB TPAHCKPUIILMOHHO aKTMBHOCTU. BBUIO 0OHapy’>keHO, 4TO



Yacme II. CTPOEHWE M XMMUA KJIETOYHOIO A/PA

98

dbpakiys xpomaruHa, o6majaolas MOBBIIIEHHON dyBCcTBUTEeNbHOCTRIO K JIHKase I,
o6oramena HMG-6enkamu.

9. MetneBble gomeHbl IHK — Tpetnii ypoBeHb
CTPYKTYPHOW OpraHu3aLmmn XxpomaTmHa

Pacumdposka mpuHIMIIA CTPOEHMSA 3/1eMEHTAPHBIX XPOMOCOMHBIX KOMIIOHEHTOB —
HyK1eocoM 11 30 HM ¢puOpyII — ellle MasIo 4TO IAeT JiI HOHVMAHNA OCHOB TPEXMepHOI
OpraHM3aLNU XPOMOCOM, KaK B MHTep(ase, Tak 1 B MuTo3ze. COpOKaKpaTHOE YIIOTHe-
Hue JTHK, koTopoe focTuraeTcs Ipu cBepXcnypanbHOM XapaKTepe ee KOMIaKTU3aluu,
COBEpILIEHHO ellje HeOCTATOYHO I HOoMy4eHus peanbHoro (1 - 10*) ypoBHSA yIIoTHe-
Hua JTHK. CnenoBaTenbHO, ZO/DKHBI CYIeCTBOBATh 0O/ee BBICOKME YPOBHU KOMITAK-
tusanuu JJHK, koTopble, B KOHEUHOM CYeTe, JO/DKHBI OIPeNe/IATb pasMepsl U ofIue
XapaKTepUCTUKN XpoMocoM. Takue BbICIIVE YPOBHM OpraHM3aLMy XpOMaTUHA ObUIN
0OHapy>KeHbI IIPM ICKYCCTBEHHOII ero JeKOHeH ALY, KOTZia OBIIO HajiJleHO, 4TO IIOf-
IlepXKaHUe VX CBA3aHO C HEIMCTOHOBBIMU Oenkamm. B aToMm crydae cnenmgpmaeckne
6enku cBsi3pIBatoTcsA ¢ ocobpivu yaactkamu JJTHK, kotopbie B MecTax cBA3bIBaHMA 00-
pasyioT 6osblive IeT/I, WM AOMeHbl. TakuM o6pas3oM, cienymolye, 60ee BHICOKIE
ypoBHu komnaktusanunu JIHK, cBA3aHbI He ¢ ee JOIIOIHUTENIbHOI ClIMpanu3aluel, a
06pa3oBaHMeM NONePeYHOI NeT/INCTOM CTPYKTYPBI, MAYILeil BAO/Ib MHTepdasHON 1n
MUTOTUYECKON XPOMOCOMBL.

Kak y>xe ykasbIBasoch, CIOKHasA CTPYKTypa Afjpa WIN HYK/Ieouja IpoKapuoT op-
raHN30BaHa B BUJe Mepapxuy neTneBbix fjoMeHoB JJHK, cBA3aHHBIX ¢ HE6OMBLIMM KO-
JINYeCTBOM crienyanbHbix 6emkoB. [TetneBoit mpuuiyn ynakosku JHK o6HapysxuBa-
eTCs TaKKe U Y 9YKapMOTUYeCKUX K/IeTOK. Tak, ec/iu BbIfie/IeHHbIe Afapa 06paboTaTh
2 M NaCl, T.e. yganuTb Bce T'MICTOHBI, TO IIe/IOCTHOCTD SI/ipa COXPAHAETCs, 3a UCKIII0Ue-
HIEeM TOTO, YTO BOKPYT Apa BO3HUKHET T.H. «TA/I0», COCTOAIee 113 OTPOMHOTO 4MC/Ia
nerens [JHK. Takas cTpykrypa Afep momyumiaa Ha3BaHMe «HYKIeOUAa» (3TO TOMBKO
TEPMUHOIOTNYECKOe CXOACTBO C ANEPHBIM alllapaToM Ipokapuor). [ano (mwam nepu-
(depus TaKOro HyKJIeoma) COCTOUT U3 orpoMHOro (10 50 000) KomyecTBa 3aMKHY ThIX
Ha nepucepun nerens JHK, co cpegauM pasmepom merenb 0kono 60 T.ILH., OCHOBa-
HJle KOTOPBIX 3aKPeIUICHO Ifle-TO BHYTPHU SA/pa, Ha y4acTKaX HETMCTOHOBBIX OEIKOB.
TeM caMbIM cuMTaeTCs, 4TO MOC/IE Y/jalleHUs TUCTOHOB OCHOBAaHMA IIeT/IEBbIX JIOMEHOB
JHK cBs3aHBI € T.H. «MaTPUKCOM», WIN «CK3((POIIOM» — HETMICTOHOBBIM O€TKOBBIM
ocToBoM nHTepdasHoro sAxpa. Okaszanocs, 4ro yyactku JHK, cBsa3anHbIe € 9TUM OCTO-
BOM, VIMEIOT 0c0060€ CPOICTBO K HETVICTOHOBBIM Oe/IKaM, X COCTaB M3y4eH, OHM II0-
nyunnu HazBanue MAR (matrix attachment region), unu SAR (scaffold attachment re-
gion) y4acTKOB.

[TpusHaky meT/IeBOI JOMEHHOI OpraHM3aLuy XpOMaTIiHa MOKHO HAab/MIOAaTh C I0-
MOMUIbIO 37IEKTPOHHOIO MMKPOCKOIA I10C/Ie MOMeIlleHNs SAflep UM XPOMOCOM B cojle-
Bble pacTBOpPbI HM3KOI MoHHOM cubl (0,01 M NaCl) B mpucyTcTBUYM HU3KUX KOHIEH-
TpaLUil ABYXBa/ICHTHBIX KaTMOHOB (1 MM). B aTux ycnoBusAx He IpONCXOAUT AeHpOTe-
MHU3ALMM XPOMATNHA, OH COXPaHAET CBOI0 HOPMa/IbHYIO0 XMMIYECKYI0 KOMIIO3MLINIO,
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Puc. 5.19. Xpomomepbl B cOCTaBe XPOMOCOM, fi€KOHAEHCMPOBAHHbBIX MMOTOHUEN:
a— 06UJ,I/II7I BU[ YNbTPATOHKNX CPE30B AeKOHAEHCMPOBAHHbBIX MUTOTUYECKUX XPOMOCOM; 6— [PO3eTKOBMAHAA CTPYKTYpPa

OTAENbHbIX XPOMOMEPOB TOr0 Xe npenapara

1 — LeHTpabHas YacTb XpOMOMepa; 2 — paguanbHo pacxoasawecs ubpunbl JHM

HO 3HAYMTETbHO Pa3pBIX/IAETCA Y IPECTAaBIeH CTAaHAAPTHBIMYU (GUOPHU/UIAMIU TOIIIN-
Holt 30 HM. IIpu 3TOM B HEKOTOPBIX MeCTaX MOXKHO BUJI€TD, YTO OTHENbHbIE CTYCTKU
KOH/ICHCYPOBAaHHOTO XPOMATHHA BBIAB/IAIOT 0COOYI0 CTPYKTYPY. DTO — PO3ETKOBU/-

HbIe O6pa3OBaHI/IH, COCTOsIINeE 113 MHOTMX eTenb 30 HM
buOpMII, CoeaMHANMXCA B 00IIeM IIOTHOM IIeHTpe.
CpepmHuil pasMep TaKuX IETINCTBIX PO3ETOK JIOCTH-
raeT 100-150 um. ITogo6HbIe po3eTky GUOPUIT Xpoma-
TUHA — XpomMomePpbl — MOXXHO BUNIETb B AlpaX CaMbIX
PasHOOOPa3HBIX 00BEKTOB, >KUBOTHBIX, PaCTEHUI, IIPO-
creitmmx (puc. 5.19).

Oco6eHHO IeMOHCTPATUBHO TaKye XpOMOMepHI BbI-
ABJIAIOTCS Ha TOTA/IbHBIX IIperapaTax XpoMaTuHa 13
MaKpOHYK/IeycoB nHdysopun Bursaria. B aTom cmyyae
MOYXHO BUJETD, UYTO KaXK/bIIl XpPOMOMeEp COCTONT 13 He-
CKOJIPKUX COZIeP)KAllMX HYK/I€OCOMBI ITIeTeNlb, KOTOpbIe
CBSI3aHBI B OJHOM I[eHTpe. XpPOMOMEPBI CBA3AHBI IPYT
C OpyroM y4acTKaMy HYK/I€OCOMHOT'O XPOMATMHA, TaK
4TO B II€JIOM BMJIHA LIETIOYKA PO3ETKOBVIIHBIX CTPYKTYP
(puc. 5.20).

[Ipu mexoHpmeHcalMy XpOMAaTMHA fAfep HEKOTOPBIX
pacrenuit (Allium, Haemantnus, Vicia), oas KOTOPBIX
XapakTepHa ocobas CTpPyKTypa MHTep(da3HBIX sziep,
XpOMOMEPDI BUIHBI B COCTaBE€ XpPOMOHEMHDBIX HUTEN —
torncteix (0,1-0,2 MKM) XpOMAaTMHOBBIX HUTEI, 3aI0I-
HSIOIMX BeCh 00beM MHTepda3HOro sfpa.

CxopiHpIe PO3E€TKOBMJHbIE IETINCTbIe CTPYKTYPBI,
XPOMOMEPBI, MO>)KHO BUJETh TAKXKe IIPY PasphIXIeHNI U
MUTOTNYECKIX XPOMOCOM KaK >KMBOTHBIX, TaK I pacTe-
Huit. CriefoBaTtenbHO, XpoMocoMHblie 30 HM GubpuIbL,

Puc. 5.20. Xpomomepbl, BbiaeneH-
Hble 13 MaKpoHyKneyca WHdy30-
pwn Bursaria (Mo B.W/. MoneHko)
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Puc. 5.21. Cxema HavyanbHbIX ypOBHeIﬁ KOMNaKTU3aynm XxpomMmaTtHa:

T — HYKNEOCOMHbI; 2 — HyKneomepHbIi (30-Hm dubpunna [HM); 3 — xpomomepHbIN (NeTNeBoit JOMeH); 4 — XPOMO-
HEMHbIN

cocrosiugye u3 JTHK 1 rucTOHOB, YIIAKOBBIBAIOTCS B BUJ[E MET/IMCTBHIX PO3E€TKOBUIHBIX
CTPYKTYP, IpeTepIieBas ellle JOIOMTHUTEIbHYI0 KOMITAKTU3ALI0. DTO TPETHUIl YPOBEHb
CTPYKTYPHOJ OpraHM3alMy XPOMATVHA, KaK CUUTACTC, MOXKeT IIPUBOAUTD yxKe K 600-
kpatHott kommakTusanyu JHK (puc. 5.21).

Ba)kHO OTMeTUTD, YTO pa3Mep OTHE/IbHBIX IET/IEBBIX JOMEHOB COBIIA/IaeT C pa3Me-
POM CpeHMX PeIUIMKOHOB U MOXXET COOTBETCTBOBATb OJHOMY W/IJM HECKOJIBKUM Te-
HaM. B cBoux ocnoBanusx netmn JHK cBsi3aHbl HETMCTOHOBBIMU OeNKaMM SITEPHOTO
MaTPUKCA, B COCTaB KOTOPBIX MOTYT BXOAUTDH Kak (pepmenTs! permmkanuu JTHK, tak u
TpaHCKpunuyn. Takas IeTelbHO-JOMEHHasl CTPYKTYpa XpOMaTHHa obecriednBaeT He
TO/IBKO CTPYKTYPHYIO KOMIIAaKTH3AIVII0 XPOMAaTIHA, HO ¥ OpraHu3yeT (yHKI[VOHAJIb-
Hble e[UHNIIBI XPOMOCOM — PeIUIMKOHBI U TPaHCKpuOupyemble reHsl. Kommtekc 6e-
KOB, YYaCTBYIOLINX B TAKO CTPYKTYPHO-(PYHKIMOHATBHOI OPTaHM3ALINN XPOMATIHA,
OTHOCUTCS K OeKaMm sifiepHOTO MaTPUKCA.



naBa 6

AlnepHbIN 6enKoBbIN MAaTPUNKC

1. 06wmin cocTaB agepHOro 6enKoBOro MaTpmkca

M5! yXKe IO3HAKOMMINCH C T€M, YTO B MHTep(asHOM Afipe pasBepPHYTble XPOMO-
COMBI pacIOJIAraloTCs He XaOTUYHO, a CTPOrO YIOpsAfO4YeHHO. Takas opraHmMsanns
XPOMOCOMBI B TPeXMEPHOM IMPOCTPAHCTBe sifipa HeoOXoAMMa He TONbKO [IsI TOTO,
YTOOBI TPV MUTO3€ MPOUCXOANIIA CEeTperanus XPOMOCOM, X 060cobIeHIe OT coce-
ZIeit, HO U JIs1 YIOPALOYeHM A IPOLIeCCOB PeIIMKALNY ¥ TPAHCKPUIILMM XPOMATHHA.
MoO>XHO IIpeAIonaraTh, 4YTO [ OCYIeCTBAeHNA 3TUX 3ajay JO/DKHA CYIlecTBOBaTh
KaKasg-TO KapKacHas BHYTpUsAJiepHas CUCTeMa, KOTOpas MOXeT C/IY>KUTb 00befiuHA-
IOIIlell OCHOBOJ /IS BCeX AMePHBIX KOMIIOHEHTOB — XPOMAaTWHa, A/PBIIIKa, A/IePHO
060704Ky. Takoit CTPYKTYPOIL ABJISIETCS 0eK06bLIl S0ePHBLL 0CMO06, UL MAMPUKC.
Heob6xopmumo cpasy ke OroBOPUTHCS, YTO SIAEPHBII MAaTPUKC He HPEACTAaB/IsET CO-
6011 YeTKOI MOP(OIOrMYECKOI CTPYKTYPBI: OH BBISAB/IAETCSA KaK OTAETbHBIN MOPQO-
JIOTMYeCKVI TeTepOTeHHBIVI KOMIIOHEHT IIPY 9KCTPAKIVM U3 Afiep IMPaKTIIeCKN BCeX
y4acTKOB XpoMaTuHa, ocHoBHOM Maccel PHK u numonpoTtensios sijepHoit 060/1049KN.
Ot sappa, KOTopoe He TepsieT IIPYU 3TOM CBOeil 0611eit MOpgoIorny, ocTaBasich cde-
PUYECKON CTPYKTYPOIL, OCTaeTcsA Kak ObI KapKac, OCTOB, KOTOPBIl MHOTA HA3bIBAIOT
elnle «AJePHBIM CKeJIETOM».

BriepBple KOMIIOHEHTBHI ANEPHOTO
MaTpukca (OCTaTOYHBIE  sIEpHBIE
6enKky) OBUIM BBIZETIEHBI U OXapaKTe-
pusoBaHbI B Hauasne 60-x rogos. beino
0OHapy>KeHO, YTO P IOC/IEf0BATENb-
HOTt 06paboTKe M30TUPOBAHHBIX SITTEP
nedeHy Kpoic 2 M pactBopom NaCl, a
3ateMm [IHKas3oii, nmponcxongut nomsoe
pacTBOpeHMe XpOMAaTMHA, a OCHOB-
HBIMM CTPYKTYPHBIMU 3/IeMEHTaMMU
s[pa OCTATCS: sAfepHas 0060/04Ka,
CBA3aHHbIE C Hell KOMIIOHEHTbI — HY-
K/IeOHeMbI (sIf[epHble HUTI), COMlEPKa-
e 6enok u PHK, u sgpeimku. Beina
BbICKa3aHa TUIIOTe3d, YTO GubpmIbI
XpoMaTlHa B HATUBHBIX AApax Ipu-
KpeIleHbl K STUM OCEBBIM OeNKo-

BbIM HUTAM HaHOHO6Me «epHnKa I H — Hykneonema; K — appbiwko; OX — oKONOAAPbILIKO-
41CTKY OYTBUIOK» (puc. 6.1). BbIN XpOMaTuH; Cl — AfepHbIi cok

Puc. 6.1. TunoteTnyeckaa cxema CTPOeHUsA UHTepdas-
Horo Aapa (feoprues, YeHuos, 1960):
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3HaunTenbHO mo3aHee (cepenyuua 70-X rOZOB) 9TI PabOTHI MOMYYMIN Pa3BUTHE U
IPUBE/N K MOSIBJIEHIIO MacChl HOBBIX CBEIEHMII O HEXPOMATMHOBBIX Oe/IKax silepHOTO
OCTOBA 11 0 €r0 PO/ B (P3O0 KJIETOYHOTO s/ipa. B 910 jke BpeMst OBUI IpeyIoKeH
TEPMUH «SAJIePHBIII MATPUKC» /1A 0003HAYEHMA OCTATOYHBIX CTPYKTYP AApa, KOTOpbIe
MOTYT OBITH IIOJIYYEHBI B pe3y/bTaTe MOC/IEHOBATE/IbHBIX SKCTPAKIMIL sep pasind-
HBIMI pacTBOpamu. HOBBIM B 9THUX IpyeMax ObIIO MCIO/Ib30BaHIe HEMOHHBIX JAeTep-
TeHTOB, Takux Kak Tputon X-100, pacTBOPSIONLNX sI€PHbIE TUIIONPOTENIHBIE MEMO-
paHBIL.

[TocrnenoBaTennbHOCTD 0OPAOOTKY BBIJIENIEHHBIX Sifiep, MPUBOAALIASA K MONTyIeHNIO
IIperapaToB SAlePHOTO MAaTPUKCa, 060TaleHHOTro Oe/IKoM, caefyommast (Taom. 6).

XuMMUYeCcKMit COCTaB AAePHOTO MATPUKCA, OTYIEHHBI TAKMM CIIOCOOOM, CXOfIeH Y
pasnuYHbIX 06BEKTOB (Ta6. 7).

ITo cBoeit MOpdOIOrNYecKOrt KOMIO3UINN SAEPHBI MATPUKC COCTOUT, IO Kpaii-
Hell Mepe, 13 TPeX KOMIIOHEHTOB: epugepruecKuit 6eIKoBbIil ceTyarbiii (p1Opo3HbIil)
cnoit — nmamuHa (nuclear lamina, fibrous lamina), BHyTpeHHSISA WIN UHTEPXPOMATUHO-
Bas ceTb (OCTOB) U «OCTATOYHOE» SAAPBIIIKO (prc. 6.2).

JlammHa npepcTaBseT co60it TOHKMIT GMOPO3HBII C/10¥1, MOACTUIAIONIVII BHY TPEH-
HIOI0 MeMOpaHy sifiepHOIT 0607104k, B ee cOCTaB BXOLAT TaK >Ke KOMIIIEKCHI AIePHBIX
0P, KOTOpBIe KaK ObI BMypOBaHbI B p1OpO3HBII c/10i1. HacTo 3Ty 4acTh s/JepHOTO Ma-
TPUKCa Ha3bIBAIOT (PpaKIMell «IOPOBBI KoMIUIeKC — namyuHa» (PCL — «pore complex —
lamina»). B MHTaKTHBIX KJIETKAX U SIiPax JIAMUHA OOIbIIell 4acCThI0 MOP(HOTOTNIeCKN
He BBIABJIAETCA, T.K. K Hell TeCHO IIpIJIeTaeT C/I0il epudepriecKoro XxpomMaTnHa. JInmb
VHOIJIA ee yHaeTcsl HaOMoaaTh B BUJie OTHOCUTEIBHOTO TOHKOTrO (10-20 HM) ¢pubpos-
HOTO CJI051, PacIO/IATAIOIeToCsl MeX/Y BHYTPEeHHEl MeMOpaHOI! sA/iepHOT 000I0UKM 1
nepudepuyecKuM CI0eM XpOMaTHHa.

CTpyKTypHasi po/b TaMIHbBI OY€Hb BeJIMKa: OHa 00pas3yeT CIUIOMIHON (GUOPO3HBII
6e/KOBBI CT101t 10 Hepudepun sipa, JOCTATOYHBII [/ TOTO, YTOObI TOePXKIBATH
MOpPQOIOrMYecKyIo LeJIOCTHOCTD Afipa. Tak ymaneHue obenx MeMOpaH sfepHON 060-
JIOUKM C ToMollbio feTeprenta TputoHa X-100 He BbI3bIBaeT paclajia, pPaCTBOPEHN

Tabnuua 6. MpoLEHT AflePHbIX KOMMOHEHTOB, IKCTPArMPOBaAHHBIX B NPOLIECCE NOMyyYeHns AAepHOro GenKo-
BOTO MaTpMKCa

O6paboTka Opakuma | benok | AHK PHK | ®ocdonunugpi
1. 30nmpoBaHHble afpa (KOHTPOsb) N 0 0 0 0
2.0,2 MM Mg(l, LS 52 75 19 2,5
3.2 M Nacl HS 83 97 66 64
4. 1%-HbI1 TpuToH X-100 NM 90 97 71 97,8
5. IHKa3a+PHKa3a NPM 90 99 98 98

Ta6nuua 7. CocTaB agepHOro 6e1KoBOro MaTpuKca

06beKT Benok AHK PHK DQoconunungpl
Kpbica, neueHb 97 0,1 1,2 11
Knetkn Hela 92,3 1,2 0,05 6,9
TeTpaxvumeHa 97 0,1 1,2 0,5
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Puc. 6.2. flnepHbiii 6enKoBbIN MaTPUKC. CxeMa CTpoeHUs Aaep Ao aKcTpakumu JHI (a), nocne Hee (6):

1 — npumemM6paHHbIi 6eKOBbIN CON (MaMI1Ha) 1 MOPOBbIE KOMMEKCI; 2 — MEXXPOMATNHOBas GeNKoBas CETb MaTPUK-
€a; 3 — 6esKOBbIN MATPUKC AAPbILIKA

spep. OHM COXPaHSIOT CBOIO OKPYINIYIO GOPMY M He PacIlIBIBAIOTCS IaXKe B CIydae Iie-
peBoa X B HI/I3KYIO I/IOHHYIO C]/IHY, Korga nponcxognut Ha6yxaHme XpoMaTnHa.

BHYTpusA/iepHBII OCTOB WU CeTb MOP(OIOrNIeCKY BBIABIIACTCA TOMBKO IOCTIE 9KC-
Tpakyuyu xpomaruHa. OH IpefcTaBiieH PbIXIoil GpUOPO3HOIN CEThIO, PacHONIaraolerics
MeX/y Y4aCTKaMi XpPOMaTHHa, 9aCTO B COCTAB 9TOII I'yOUATOl CeTV BXOMAT pasInIHbIe
rpanynsl PHII-nipupopsr.

Hakone1, TpeT1it KOMIIOHEHT AJePHOTO MaTPMUKCa — OCTATOYHOE A/[PBILIIKO — IIJIOT-
Has CTPYKTYpa, OBTOPSIOMIAA MO CBOeiT (hopMe ANPHIIIKO, TAKXKE COCTONUT U3 IVIOTHO
Y/IO>KeHHBIX PO

Mopdornornyeckast BIpa)XeHHOCTb 9TUX TPeX KOMIIOHEHTOB sI[JEPHOTO MaTpPUKCa,
TaK JKe KaK ¥ KOJIMYeCTBO BO (PPAKIMAX, 3aBUCUT OT LIe/IOTO psfia YCIOBUIT 00paboTKu
apep. Jlydile Bcero s71eMeHTbl MaTPUKCA BBIAB/IAIOTCA MOC/IE BbIfIENIEHNA SAlep B OTHO-
CUTETIbHO BBICOKMX (5 MM) KOHI[eHTpaLMsAX [JBYXBa/IeHTHBIX KaTMOHOB. [I/is BbIsABIIe-
HYIS1 0€TIKOBOT'O KOMITOHEHTA SIIepPHOTO MaTpuKca 60/Ibloe 3HaYeH1e VMeeT 0Opa3oBa-
HIIe JVCYTb(UIHBIX CBA3EIL.

Oy HabMIOEeHNs IPUBEIN K BBIBOLY, YTO KOMIIOHEHTHI SIIEPHOTO MAaTPUKCa MIPef-
CTaBJIAIOT COOO0JI He 3aCTBIBIINE )KeCTKIE CTPYKTYPBI, @ KOMIOHEHTBI, 0O/Iajatomie an-
HaMI4eCKOJ1 IOfIBVDKHOCTDIO, KOTOPble MOTYT MEHATHCA He TONbKO B 3aBUCHMOCTH OT
YC/IOBUII VIX BBIfIETIEHNA, HO 11 OT PYHKIMOHA/TBHBIX 0COOEHHOCTel HaTUBHBIX Afep. Ha-
IIPUMEDP, B 3PE/bIX IPUTPOLUTAX KYP BECb T€HOM pelpeccupOBaH U XpPOMATHH JIOKa/IN-
30BaH IPEMMYIIeCTBEHHO Ha Iepudepun Aapa, B 9TOM CIydae BHYTPEHHMI MaTPUKC
He BBLABJIAETCA, 2 TO/IBKO JIAMIHA C TOpaMI. B apurponurax 5-1HeBHBIX KypPUHBIX 9MO-
PUOHOB, Apa KOTOPBIX COXPAHAIT TPAaHCKPUIILIMOHHYIO aKTMBHOCTD, 97IEMEHTHI BHY-
TPEHHEr0 MaTPUKCa BbIPAXKEHbI OTYETINBO.

Kak 6p110 BujHO U3 Tab/1. 7, OCHOBHOJ KOMIIOHEHT OCTaTOYHBIX CTPYKTYp Aapa —
610K, cofep>kaHme KOTOPOro MOXKeT Konme6aTbcst 0T 88 1o 98%. benkoBelit cocTas simep-
HOTO MaTPUKCa 13 PasHbIX KJIETOK JOBOJIBHO 0/11130K. XapaKTePHBI [Is1 HETO Tpu Oeka
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¢ubpo3HOTO C/10s1, HA3BIBAKOIIVECS AMUHbL. KpoMe 3TIX OCHOBHBIX MONMIENTHIOB B
MaTpUKCe IPUCYTCTBYeT 60/IbIIIOe KOMMYECTBO MITHOPHBIX KOMIIOHEHTOB C MOJIEKYJISP-
HbIMU Maccamu oT 11-13 mo 200 /.

JlamuHBI IpefcTaBiensl TpeMs 6enkamu (mamuusl A, B, C). [IBa 13 HuX, 1aMyHbI A
u C, 67M3KM APYT K APYTY MMMYHOJIOTMYECKI U 110 HENTUAHOMY cocTaBy. Jlamuu B ot
HUX OT/INYAETCS T€M, YTO OH IIPEACTaB/IsAeT COOO0IT MUIIONPOTEN ] U IOITOMY OH bortee
IIPOYHO CBSA3BIBAETCA C sAlepHOI MeMOpaHoit. Jlamuu B ocTaeTcs B cBA3M ¢ MeMOpa-
HaMI JjaKe BO BpeMs MIUTO33, Torzia Kak 1aMuHbl A 1 C 0cBOOOKIAIOTCA IIPY paspylile-
HYM Gubpo3HOro crnost 1 fUPPY3HO pacrpesensoTCs Mo KIeTKe.

Kak oxasanoch, maMuHbl O/IM3KM 110 CBOEMY aMMHOKVC/IOTHOMY COCTaBY IPOMEXY-
TOYHBIM MUKpO(WIaMeHTaM (BMMEHTMHOBBIM M LIMTOKEPATHHOBBIM), BXONAIIUM B CO-
cTaB IUTOCKeneTa. YacTo (pakiyiA BbIIeTIEHHBIX AAep, @ TAKXKe IIPerapaThl ANepHOro Ma-
TPUKCA COflep)KaT 3HauUTebHbIe KOMMYeCTBA IPOMEXYTOUYHBIX (PUTAMEHTOB, KOTOPbIE
OCTAIOTCS CBA3aHHBIMI C Iepudepueit Afpa faxke MOCIe YAaTIeHV A/IePHBIX MeMOpaH.

B oT/myme oT mpoMeXXyTOYHBIX (pMTaMEHTOB JIAMUHBI IIPY MOIMMepY3aLny He 00-
Pas3yT HUTYATBIX CTPYKTYP, a OPFAHU3YIOTCS B CETHU C OPTOTOHA/IBHBIM TUIIOM YK/Ia KN
MoteKy/1. Takie CIIOLIHBIe pellleTYaThle y4aCTKI TOACTU/IAI0T BHY TPEHHIOI MeMOpaHy
AepHOI 060/109KM, MOTYT pa3buparbcs npu GochopuIMpoOBaHNN TAMUHOB U BHOBbD
HO/TMMEPU30BaThCs P MX fedocdHopumnpoBaHmi, 4TO 0OecrieunBaeT AMHAMUYIHOCTD
KaK 9TOTO CJI0s1, TaK 1 BCeIl sIePHOIT 0OOIOUKIA.

MornexynspHast XapaKTepUCTIKa 6€/IKOB BHYTPUALEPHOTO OCTOBA [eTa/IbHO ellje He
paspaborana. [TokazaHo, 4TO B €T0 COCTAB BXOAUT PsJ| 6€TIKOB, IPMHMUMAIOLINX YIacTye
B flomeHHol1 opranusamym JJHK B uHTepdasHOM sAfpe B CO3TaHMM PO3ETKOBMIHOI,
XpOMOMepHOIT OpMBI YIIAKOBKM XpoMaTiHa. [IpernonoXkeHe 0 TOM, YTO 37eMeHTHI
BHYTPEHHETO MaTpMKCa IPENCTAB/IAIT 000 CeplleBMHBI PO3E€TOYHBIX CTPYKTYP
XpOMOMEPOB, HAXOANT MOATBEPXK/ICHNE B TOM, YTO HOIUIICIITU/HBII COCTAaB MaTpPUKCa
uHTepdasHbIX sfep (3a UCKII0YeHeM Oe/IKOB TaMIUHBI) ¥ OCTaTOYHBIX CTPYKTYP MeTa-
ba3HBIX XpPOMOCOM (OCEBBIE CTPYKTYPbI WM «CKI(GDOM») MPAKTIIECKN OffIHAKOBBL.

2. IHK apepHoro 6enkoBoro MaTpmnkca

PaccmarpuBas ocobenHoctu [JHK, BXopsiieit B coCTaB sepHOrO MaTpuKca, Heob-
XOJIMMO ellie pa3 MOJYepKHYTh, 4TO 3Ta ocTaroyHas JIHK mnpencrasiena B MuHMMAIb-
HoM kormdectBe (0,1-1% oT cyxoro Beca ¢pakumm) cocTap/sfeT NMuIIb MeHee 1% oT
Beert THK appa. Ota [JHK oxasamach ycTOIMYMBOI K JE/ICTBUIO HYK/I€a3, BEPOATHO 32
CUeT ee CyllecTBOBaHMA B Bujie Tpo4HbIX JJHK-6e/1KOBBIX KOMIIIEKCOB.

Bonburoit unTepec npencrasnser usydenne pparmenros JHK, Bxopsamux B coctas
AePHOTO MaTpMKca. PacdeTsl mokasany, 4To B Axpax cymectsyeT oT 60000 go 125000
ydactkoB JJHK, 3aImuijeHHbIX OT JeiiCTBUA HYK/Ieas, ¥ 9T y4aCTKM MOTYT OBITb pac-
IIOJIO>KEHBI Ha BCEX TPeX KOMIIOHEHTAX ANePHOTO MaTpPUKCA.

9tn yuactku [JHK, cBsspiBalomyecs co CTPyKTypaMy AAEPHOrO OEIKOBOIO Ma-
tpukca (MAR-matrix attachment regions unn SAR-scaffold attachment regions), o6ora-
mieHbl A-T mapaMmu HyK/I€OTUTIOB.
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Beimn o6Hapy>keHBI /iBe pasMmepHble rpynmnbl ¢pparmentoB JJHK B cocrase spep-
HOTO MATpMKca. B mepBylo IpymIry BXOAWIN BBICOKOMOJIEKY/IIPHbIE (PPAaTMEHTHI pa3-
MepoM oko10 10 T.IL.H., oM cocTtasism Beero 0,02% ot ncxopnoro konndecrsa JHK.
VIx gncio cocrasino mpuMepHo 100 Ha TarTOUIHBIN HAGOP XPOMOCOM, T.€. BCETO 2-3
y4actka npukperiennsa [JHK k agepHoMy MaTpukcy Ha XxpoMocomy. It pparMeHThl
6b11 o6oramensl catermtHol JHK n 6p11m cBsi3anbl ¢ namMnHoi. OyHKINOHATBHOE
3HAYEHMe ITUX YYaCTKOB MOXKET COCTOATDb B obecredeHnn GUKCUPOBAHHOTO MOTOXe-
HIA XpOMOCOM B Ape€ € IIOMOIbIO 3aKPEIUIEHNA X OIIPEAE/ICHHBIX YIaCTKOB (I_[eHTpO-
Mep, TeJIoMep) Ha TaMIHe.

Bropas rpynma ¢parMeHTOB, CBA3aHHBIX C MATPUKCOM, COCTOS/IA M3 HEOOMBIINX
yuactkoB JJHK (120-140 m.H.), reTeporeHHbIX II0 IOCIefoBaTenbHOCT. OHM BCTpe-
vatorca Mexxay ydactkamu JHK pmmHoi okomo 50 T.ILH., IpeACcTaB/IAIIIMX cO00il, Be-
POATHO, IeT/IM OCHOBHON Macchl XpoMaTuHa (puc. 6.3). OyHKIMOHA/IbHOE 3HAYEHMEe
BTOPOJI TPYIIIBI 3TUX KOPOTKUX y4acTKoB JJHK Mo)KeT 3aK/I04aTbcs B TOM, YTO OHM
acCOLMMPOBAHBI ¢ OelTKaMM, IeXAMMY B OCHOBAaHMAX PO3ETKONOZOOHBIX CTPYKTYP
XpoMaTMHa UM B OCHOBaHUM pa3BepHYThIX nerendb JJHK xpoMaTuHa mpu ero akTusa-
1097078

Mecra pacnonoxxenus nocnenosarenbHocTeit SAR (MAR) oueHb cXOBHBI MM TaxKe
MAeHTUYHBI ¢ MecTaMu cBsa3biBaHMsA [JHK ¢ Tomonsomepasoii 11, koTopas urpaet ocHOB-
HYIO CTPYKTYPHYIO U (pepMEHTATUBHYIO POjIb B 00pa3oBaHMM IeTe/lb XpoMaruHa. bo-
Jiee TOTO, OfjuH U3 OenKoB MaTpukca («ckaddonga») MUTOTUUECKIX XPOMOCOM, OeIoK
Scl okasasncs npocro Toronsomepasoii II.

C noMoIbI0 MMMYHOQIYOpecieHIM ObIIO IOKa3aHO, YTO Ha MHTep(asHbIX XPO-
Mocomax Scl mokanuayercsa B ocHoBanuu nerens JJHK.

Bp110 06HapY>kKeHO, YTO AfEPHBINT OeTKOBBI MAaTPUKC CBA3aH ¢ permkanyeit JHK:
cBpie 70% HoBocuHTe3uposaHHON JJHK 6bUIO /10Ka/MNM30BaHO B 30HE BHYTPEHHETO
AJEPHOTO MaTpUKca. JTO HAOIIOfleHNe NaBajo OCHOBAaHME CUUTATh, YTO HA SANEPHOM

Puc. 6.3. Cxema cBa3un [JHK c KOMMNOHeHTamm sepHoro 6enKoBoro Matpukca (no PasuH, iposas)
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MaTpMKce IPOUCXOAUT MHUIMausa u cobcrsenHo perukanys JHK. @pakuna [JHK,
aCcCOLMMPOBAHHAS C SA/IePHBIM MaTPUKCOM, OKa3a/ach 00OTaI[eHHOI PeIINKATNBHBIMU
BIIKaMI. B cocTaBe smepHOro Marpukca o6Hapyxena JHK-monmumepasa a, oCHOBHOI
depment permkanuu [JHK. Kpome Hero ¢ sjiepHbIM MaTpUKCOM CBA3aHBI U APYTHE
(depMeHTBI permKaTuBHOrO KoMivtekca (permicomsr): [JTHK-npaiimasa, JHK-nurasa,
JHK-tononsomepasa II. beito o6Hapys>xeHo, 4TO yyacTKy Havana permkanymy JHK
pacroaraoTcs BO1Muau (Win COBHAJAIOT C HMMU) YYaCTKOB IIOCTOSIHHOTO TIPUKpeIIe-
Husa JHK k AfepHOMY MaTpUKCy.

B coctas sagepHoro Marpukca Bxogut okono 1% PHK, Bkimiodaromeit kak retepo-
reHHy1o BbIicokoMmonekyapuyo PHK, tak u pu6ocomuyro PHK, n PHK apepubix ma-
nbix PHII. Ha BO3MOXXHOCTD CBA3M 3/IEMEHTOB MaTPUKCa C IPOLieccaMi TPAHCKPUIILUN
YKa3bIBa/I/ JAHHBIE O TOM, YTO PV KOPOTKOM MEYeHMI MaTpPUKC 060ramancsa 6bIcTpo
MedeHHOI retreporenHoit PHK. Brito o6HapyskeHo, 4TO B cOCTaB 6€/TKOB BHYTPEHHETO
apepHoro Matpukca sxoput PHK-nomumepasa II, orBeTcTBeHHas 3a cuHTe3 MHPOpMa-
nuonHbIX PHK. C AnepHbIM MaTpMKCOM K/IE€TOK AMIIeBOJIOB KyP 0Ka3alach CBA3aHHOI
6ornbias yacTb (95%) HoBocuHTe3MpoBaHHbIX Tpe-MPHK oBanpbymuna u npe-pPHK.
9Ty HaOIONEH NS IPUBEN K 3aK/II0YEHNIO, YTO A/IePHBI MATPUKC MOXKET BBIIIOTHATD
CTPYKTYPHYIO PO/Ib B CUHTe3e, IpolieccuHre u Tpancnopre PHK B sappe.

C AepHBIM MaTPUKCOM CBA3aHBI COOCTBEHHO TPaHCKpUOMpyrommuecs reHsl. TpaHc-
KPUIILIMOHHBIe KOMIIJIEKCHI 3aKpeIlJIeHbl Ha AAZlepHOM MaTPUKCe, a caMa TPaHCKPUIIIUA
OCYIIIEeCTB/IAETCA OfIHOBPEMEHHO C nepeMemteHneM MarpuyHoi JTHK ornocurensuo
3aKperIeHHBbIX TPAaHCKPUIIMOHHBIX KOMIUIEKCOB, copepxxamux PHK-nonnmepasy II.
B cocraBe AgepHOro 6e1KOBOro MaTpMKca OOHApPY>KMBAIOTCA Majble AfepHble pudo-
Hykeonporenanl (M PHIT), koTopble yuacTBYIOT B co3peBaHNMM MH(POPMAIVIOHHBIX
PHK, B mpouecce crmaiicunra (cm. Hmke). Ot PHK-copmepykamue yacTuubl, MHOT#a
HasbIBaeMble cnaaiicocomamu, COOpaHbl B IPYIIDI VIV KIAaCTephl, CBA3aHHbIE C Oel-
KaMI AJepHOTO MaTpUKca.

OJIeMeHTbI ALEPHOrO0 MaTpUKCa MOTYT NIPAMO y4acTBOBaTb B PEryIALMM TpPaHC-
kpumnuun. Tak, yqacTku MAR 06BIYHO CBA3aHBI ¢ TAKMMM PETYIATOPHBIMI IIOCTIENIO-
BarenbHOCTAMM Ha JJHK, Kak aHXaHCepbl U cailjieHcepbl, OIpe/eNA MM MHTEHCHB-
HOCTb TPAHCKPUIIIVIOHHBIX ITpolieccoB. Ha siepHOM MaTpuKce TOKaIN30BaHbl Oe/IKM-
PeLenTopsl JJIA psAfa CTePOUIHBIX TOPMOHOB.

OtnocurenvHo cBasu JHK c sneMeHTaMu siepHOTO MaTHKCA Ha CETOfIHA CIIOXKU-
JIUCD IPEACTaBICHN O TOM, YTO 9Ta CBA3b MOXKET OTPAXKATh pas/INyHble QYHKIMOHAIIb-
Hble ocobenHocTH. Tak, cBa3p [JHK ¢ mamMmHOI MOXeT OTpakaTb CTPYKTYPHYIO, IOCTO-
saunyo acconuanyio [JHK, a cBA3b ¢ BHyTpeHHUMM 97IeMeHTaMl — (PYHKIMOHA/IBHYIO,
cBA3aHHYIO Kak ¢ cuHTesoM JJHK, Tak u PHK.

IToBeneHNe 6€NKOB AAEPHOTO MATPUKCA BO BPeMs MUTO3a U3Y4EHO ellle ja/leKo He-
pocraTouHo. O cynbbe TaMUHBI IPY MUTO3€ yXKe OBUIO CKa3aHO: ee KOMIIOHEHTBI pa3-
6MparoTCA, YaCTUYHO IepeXofid B IUTOIUIA3MY, YaCTUYHO (TaMuH B) ocTaBasAch B cBA3N
¢ Mem6OpaHaMu. OTHOCUTEIBHO KOMIIOHEHTOB BHYTPUANEPHOTO MAaTpPUKCA CBEJeHMI
MeHbIIIe: I3BECTHO, YTO YaCTh 3TUX OEIKOB BXOUT B cocTaB MaTpukca («ckaddonpma»)
MUTOTUYECKUX XPOMOCOM.



naBa7

YeTBepTbIN — XPOMOHEMHDIN —
YyPOBEHb YNaKOBKU XpOMaTiiHa

Vccnepys CTPYKTYpHYIO OpPraHM3alMI0O XPOMaTHHA M XPOMOCOM, MOXKHO OIlpefie-
JIEHHO TOBOPUTb O HECKOJIbKMX YPOBHAX KoMmnakTusauuu JHK.

IlepBbliT — HYK/ICOCOMHBII, Aarouuii 7-kpatHoe ymorHenue JJHK B coctaBe ¢pu6-
pwin THII, BTopoit — 30 H.M. $pubpuIIa MM HyK/IeOMepHBbIiT ypoBeHb ¢ 40—70-KpaTHOI
CTEIIEHbI0 YIIAKOBKI, TPETUI — JIOMEHHO-IIETIEBOI MY XPOMOMEPHBIN IPUBO/AIINIA
K 600-700-xpatHoMy ynimoTHeHuto JHK B cocTaBe aTux cTpykTyp. 14 nopgepxaHus
IePBBIX IBYX YPOBHeI KOMITAaKTH3aLMY OBLIO JOCTATOYHO Y4aCTe TOIBKO IYICTOHOBBIX
0e/IKOB, TOI/ja KaK IeT/IeBble U PO3eTKO-MO/J00HbIe JOMEHHbIE CTPYKTYPHI YKe Tpebo-
BaJIY Y4ACTHUA HETMCTOHOBBIX O€/IKOB, U IIepeXofia OT CIMPATbHOTO WY COJIEHOMHOTO
tumna yknagku JTHK x 06pa3oBaHNio KOMIIAKTHBIX ITIOOY/ISPHBIX CTPYKTYP, COCTOAIINX
U3 TeTe/Ib XPOMATHHOBBIX 30 H.M. UOPUIIL, K CTPYKTypaM THUIIA XPOMOMEPOS, VIMEIO-
mux y>xe pasMmepsl 0,1-0,2 MKM.

OnHako elle B K/TaCCMYeCKMX pabOTax IIMTONIOroB Hadama XX Beka Kak B MHTepdas-
HBIX AApax, TaK U, 0COOEHHO, B MUTOTUYECKIX XPOMOCOMAaX ONVUCHIBA/INCh HUTYATbIE
CTPYKTYPBI — Xpomonemvl, uMetomye Tonmyay 0,1-0,2 MkM. VIX yaBanocs Habmoaarh
KaK Ha pUKCUPOBAHHBIX 00BEKTAX, TAK U B )KMUBBIX K/IETKAX.

Hany4dne HUTUATBIX CTPYKTYP B Te/le MUTOTUUYECKIX XPOMOCOM JaBajio Hadyaso [
IIPe/ICTAB/IEHNI O TOM, YTO B X COCTaBe MOXKeT ObITb HeCKO/IBKO «cybxpomarumy». Ox-
HaKO celfyac JOCTOBEPHO M3BECTHO, YTO Ha OJHY XPOMOCOMY IPUXOAWUTCA OffHA TUTMHT-
ckas monekyna JJHK, TeM caMbIM Iumoresa o MHOTOHMTYATOCTM XPOMOCOM OTBEpra-
erca. Ilosromy Hamuyme B cocTaBe XpPOMOCOM HUTYATBIX CTPYKTYp TommyHoi 0,1-
0,2 MKM HeOOXOf[IMO CYMTATb AOIOTTHUTEIbHBIM BBICIIVM YPOBHEM KOMIAKTU3ALNN
XpOMaTIHAa — XPOMOHEMOV1, 00pa3yIoliell TeJI0 MUTOTUYECKOI T XPOMOCOMBI, 3 CYeT ee
CIIEeLa/IbHON YK/TaKIA.

WccnenoBannsa yapTpacTPYKTYphl MUTOTMYECKMX XPOMOCOM Ha pas3HBIX ITalax
MUTO3a C MOMOIIBIO 37IEKTPOHHON MMKPOCKOIMY IOTHOCTBIO MOATBEPAUIO HalIN4ue
3TOTrO Y€TBEPTOrO YPOBHSA KOMIIAKTU3ALMY XpoMaTHa. IIpy nsydyeHun ynbTpaToHKNX
Cpe30B XpOMOCOM OOHApY)XMBAIOTCA CeYEHVA XPOMOHEMHBIX HUTYATBIX XPOMATHHO-
BBIX CTPYKTYP C Tonmuuon 0,1-0,2 MKM Ha pasHbIX CTauAX KOHIEHCALMM XPOMOCOM
B Ipodpase U Ipu uX leKOHAeHcauuu B Tenodase. IIpndyeM XxpoMOHeMa BBIABIIAETCS KaK
B KJIeTKaX >KMBOTHBIX, TaK U pacTernit (puc. 7.1, 7.2).

B cocraBe MeTada3HBIX XPOMOCOM XPOMOHEMHBIE 3/IeMEHTHI Ha YIbTPaTOHKNUX
Ccpesax He BBIABIAKTCA. Ho mo Mepe meKoHJeHcanuM MUTOTUYECKMX XPOMOCOM B
no3aHelt aHadase 1 paHHel! Teflodaze CHOBA MOXKHO BUJIeTh IIPU3HAKM XPOMOHEMHOI
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Puc. 7.1. XpomoHemMHasa opraHu3auma XpomMoCcoMm Puc. 7.2. XpomoHemHasa opraHu3ayma

Paeonia arborea B npodaze muto3sa: xpomocom knetok CIM3B B paHHelt Te-
AK — appblwko; XC — xpomocoma; XH — XpomMoHembl nogase

(poTo B.IO. Monskosa)

opraHmsanuu XpoMocoM. B mospHelt aHagase, Korga XpoMOCOMBI JOCTUTAIOT IIPO-
TUBOIIONOKHBIX IONIIOCOB KJIETKM, B UX CTPYKTYpPE CHOBA BBIAB/IAITCA XpPOMATUHO-
Bble HUTYaTble 0OpasoBaHus ¢ TonmuHom 0,2 MKM. [Ipu 3TOM BCsL CTPYKTYpa Xpo-
MOCOM PaspbIX/IAETCs, YTO OTpaXkaeT Ha4yasIo 0O0Iell JeKOHJeH ALY MUTOTNYeCKUX
XpOMOCOM. DTa Haya/lbHasA CTaAVA JeKOHAEHCALNN CBSA3aHa He C paspbIXeHreM -
6pwin JTHII BHyTpyu XpOMOHEMBI, @ C pacXoXXAeHeM, 060co0/IeHreM Y4acTKOB Xpo-
MOHEMBI pyT OT Apyra. Oco6eHHO 3aMeTHBIM U BBIPAKEHHBIM 3TOT IPOIIECC CTAHO-
BUTCS B Tenodase.

B 9T0 BpeMs XpOMOCOMBI HAYMHAKT YBEINUNBATHCA B 00beMe, IIPU 9TOM PaccTos-
HI€ MEX/y OTHEeNTbHBIMI YIaCTKaMM XPOMOHEMBI TaK)XXe BO3pacTaeT.

B nospgHeit Tenogase XpoMOCOMBI yyKe MOTHOCTBIO OKPY>KEHBI AePHOI 000TOYKOIL.
YyacTKi XpOMOHEMbI pacXOfATCA Ha 3HAUUTE/IbHbIE PaCCTOSHMA, HO BCE YK€ 30HBI OT-
IeNbHBIX XPOMOCOM €llle BBIABIATCA. B 3TO BpeMs HEKOTOpbIe YYaCTKM XPOMOHEM Ha-
YJMHAIOT PaspbIX/IAThCA. TakyuM 06pasoM, Hab/MogasA 3a COCTOSAHNEM CTPYKTYPbI 1 pac-
HIO/IOXKEHVEM XPOMOHEMHBIX Y4aCTKOB B JpaX ¥ XpOMOCOMaXx B Tenodase, MOXHO BI-
IeTb KapTHHY, 06paTHYIO TOIL, YTO HAO/IO/amach B Ipodase: pa3phIXeHIe XpOMOCOM 32
CYEeT IEPBOHAYAIbHOIO PACXOXK/IEHMA YIaCTKOB XPOMOHEMBI U TIOC/IEYIOLIETO NX pas3-
PBIXIEHNA, NEKOH/IEHCALIUY CaMOJl XpOMOHEMBI.

YnbTpacTpyKTypHas opraHM3alsa XpoMOHeMHOro ypoBH:A ynakoBku JJHII xopomro
BBIABIIAETCA IPY IIOCTETIEHHOM 9KCIIEpMMEHTAIBHOM Pa3phIX/IEHNY XPOMOCOM IIPH 110-
HIDKEHI! KOHLIEHTPALMM ABYXBAJIEHTHBIX KaTMOHOB. OKa3ajoch, YTO IUVIOTHOE TeJI0
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Puc. 7.3. XpomoHeMbl B cocTa-
Be SKCMepUMeHTaNbHO AEeKOH-
[NEHCMPOBAHHbIX XPOMOCOM
(poTo B.B. BypakoBa)

MUTOTUYECKUX XPOMOCOM CHauasa paspbIX/IAeTcs TaK, YTO BBIABIAETCS €T0 XPOMOHEM-
Has OpraHM3alysA: Ha Cpe3aX BUJHO, YTO XPOMOCOMBI NP€/ICTaBIEHbl CEYEHNAMNU TOJI-
cTbIx (0,1-0,2 MKM) XpOMOCOMHBIX HUTEIT, XPOMOHEMBI (puc. 7.3). 3aTeM, IIpy OCTIERY-
IO EM CHVDKEHVNM KOHIEHTPpalM JBYXBa/I€EHTHbIX KaTMOHOB, B 9/IEMEHTaX XpOMOHEMbI
BBIAB/IACTCS MHOXKECTBO JIMHEITHO PaCIIONIO>KEeHHBIX ITI00Y/IAPHBIX 6JI0KOB XpOMATUHA C
prameTpoM okoro 0,1-0,2 MkM. B fanpHerieM atu 6710k1 (XpOMOMepBI) HAYMHAIOT Jie-
KOHZIEHCHPOBAThCs: Ha ux nepudepun Bupnsl netmu ¢pubpumn [JHII, a B iieHTpe ocTa-
eTcsl Te/lo XpoMoMepa. BosHMKaeT poseTKomopgobHas CTPyKTypa. BakHO oTMeTuTs,
YTO PACIONIOKEH)e 30H C PO3eTKOMOZOOHBIMI XPOMOMEPAaMI COBIIAJAET C PUCYHKOM
G-6suaMpoBaHMsA XpoMocoM. ITo Mepe fanbHeiiIell TeKOHEH ALV TIET/IN YBeININ-
BAIOTCA B [UIMHY, @ LIeHTPaJIbHbIe y4aCTKM XPOMOMEPOB IIPOIPECCMBHO YMEHbIIAIOTCA.
IIpyu monHOI [eKOHJeHCallMM BCe TeZI0 XpOMOCOMBI IpelcTaB/IeHO Ha Cpe3aX paBHO-
MepHO pacnonoxeHHbIM ¢pubprtamu JHIIL.

VsyueHne XpoMOCOM KaK >KMBOTHBIX, TaK 11 PacTEHMII [IOKAa3bIBAET, YTO IIPOLECC
KOHJIEHCAIVYI XPOMOCOMHOTO MaTepuasa BK/I0YaeT B ceOs IPOMEXYTOUHBIN STall —
obpaszoBanme 13 ¢ubpwwr JHIT HUTYIATBIX XPOMOHEMHBIX CTPYKTYP, SBJIAIOLINXCS
eIVHMLEeN TIOCTIEAYIONIell XPOMOCOMHO CTPYKTYPU3aLIN.

Hazno oTMeTuTb, 4TO B COBPEMEHHBIX MOJIEKY/IAPHO OMOTOTMYeCKIX VICCTIeOBAaHMAX
CTPOEHVIA XpOMOCOM XpOMOHeMHbII‘/'[ YPOBEHD, KaK OJVH 113 BbICIINX YpOBHeI;[ YIIaKOBKI
JHII, coBepuieHHO BbIafiaeT U3 MOJA 3peHus uccaegosareneit. /lumb B mocnegHee
BpeMs1 HEKOTOpPbIe MCCIef0BaTe/N HA OCHOBAaHNY KOCBEHHBIX IAHHBIX IIPUXOAAT K BbI-
BOJIaM O HA/IMYUY B MHTeP(a3HBIX APAX XPOMOHEMO-IIOOOHBIX CTPYKTYP.

ToTtanbHoe CTpoeHne MNTOTNYECKNX XpoOMOCOM

/HTeHcHBHOE U3y4YeHUe YIbTPAaCTPYKTYpPbl XPOMOCOM HayaloCh B CepefuHe
1950-x TOfOB, YTO OBIO CBA3aHO C BHEAPEHNEM B IIUTOIOTUIO METO/A 3/IeKTPOHHOI
MuKpockonuu. OfHaKO BKJIaJ, 3JIeKTPOHHO MUKDPCKOIIMM B M3y4YeHNMe CTPYKTYPBI
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nHTepda3HBIX U MUTOTUYECKUX XPOMOCOM OKa3ajacs HeM3MePUMO HIDKe TOTO, UTO
Jajl 9TOT METOJ, I U3Y4YeHUs CTPYKTYpHl LMTOmnasMbl. Hammy npencraBmeHns o
CTPYKTYPHOJ OpraHM3allMy JaKe 37eMEHTapHBIX KOMIIOHEHTOB Afipa M O CTPYK-
Type XpPOMOCOM O4eHb CKYAHBI I IPOTUBOPEYNBBI. Pa3pbiB MeX/y ycrexamu B O610-
XUMUYECKOM U3YYEHUN IIPOIECCOB 6uocunresa THK n PHK, ¢ oguHoii CTOPOHBI, U
4Ype3BbIYaIHO MEMIJIEHHBIM IIPOTPECCOM B MCCAENOBAHNN TOHKOV OpraHU3alyy Kie-
TOYHOTO sfipa — C JPYroi, ob6bsicHsercss MHOrMMy npuyanHamu. OfHa 13 OCHOB-
HBIX IIPUYMH Ta, YTO COBPEMEHHbIE METO/Ibl HE MTO3BOJIAIT U3y4aTh ALPO U XPOMO-
COMBI B LI€JIOCTHOJ COBOKYITHOCTM COCTAaBIAIOLIMX UX 3/IEMEHTOB. XpOMOCOMa OKa-
3aJIaCh CIMIIKOM MaJla IS IeTa/IbHOTO aHa/IM3a ¢ IOMOIIBI0 CBETOBOTO MUKPOCKOIIA
U CIMIIKOM Be/IMKa U IJIOTHA IS U3YyYeHMA B 3JIEKTPOHHOM MUKpockote. Ha Bbige-
JIEHHBIX XPOMOCOMaX B 371EKTPOHHOM MMKPOCKOIIE HE y[JaeTCA BBIABUTD BCE [NETAIN
13-3a HAJIOKEHUI IIPOEKIUIl Pa3HbIX YPOBHEN I MOXKHO HAO/IIOATh JINIIb XapaKTep
(GbOpMBI 1IN JKe TOHKYIO CTPYKTYPY B OTPAaHMYEHHBIX Y4acTKax. VccmenoBanne yib-
TPAaTOHKMUX CPe30B XPOMOCOM OIPAaHMYMBAETCA XaPaKTEPUCTUKON OT[E/NIbHBIX 3JIe-
MEHTOB 6e3 BO3MO)XHOCTH IOTYYUTb 00ObeMHOE IpelCTaBIeHNe O BCell CTPYKTYpe.

Puc. 7.4. O6wwmii BUZ XpomMocom:

a — XPOMOCOMbI KNETOK KynbTypbl CMIB Ha ynbTpaToHKOM Cpe-
3e; 6 — BUf BblAENEHHbIX MeTadasHbIX XPOMOCOM B MPOCBeulBa-
IOLLEM 3NIEKTPOHHOM MUKPOCKOME; 8 — BUA BblAeNeHHbIX MeTa-
(azHbIX XPOMOCOM B CKaHUPYIOLLEM SNEKTPOHHOM MUKPOCKOME

9TO HNPOUCXOAUT M3-3a TOTLO, UTO
B JJAHHOM CJIy4ae MbI MOXEM NC-
C/IefoBaTh JIMIIb IUIOCKNME cede-
HUS, cocTaBdpme Toabko 0,05-
0,025 vactp o61mero obvema sAgpa.
Tak Kak [yis sfjpa ¥ XpOMOCOM Xa-
pakTepHO NpeobnagaHye TOHKUX U
IIVHHBIX CIYTAaHHBIX QUOPMIIAp-
HBIX CTPYKTYP, KOTOpbIe Ha y/IbTpa-
TOHKUX cpe3ax OYAyT MMeTb BUJ
6ecriopsiIoYHO Pa3sObpPOCaHHBIX KO-
POTKMX OTPE3KOB, TO II0 TaKMM cCe-
YEeHUSAM BOCCO3JIaTh TPEXMEPHYIO
KapTUHY B3aMMOCBASU ITUX IJle-
MEHTOB [IPYT C APYroM MpaKTude-
CKJI HEBO3MOXKHO.

[IpyM3y4eHUN yIbTPACTPYKTYPhI
XPOMOCOM VICCIEIOBATeIN CTaIKU-
BAIOTCs C MAapajjOKCaJbHOM CUTYya-
yert: 4eM O7yKe TOAXOAMM K BBIC-
MMM CTPYKTYPHBIM YpPOBHSIM Opra-
HU3AIVM XPOMOCOM, TeM MeHbIIel
1o obbeMy 1 6ojee HM3KOM IO Ha-
IEeKHOCTU CTAHOBUTCA MH(POpPMa-
msg 06 3TOM BaKHENIIEeN KIeTOY-
HOII CTpyKTYype (puc. 7.4).

JleficTBUTENBHO, TONy4YeHa ION-
Hast MHQOpMAMsI O TeHEeTUIeCKOM
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KOJie 4€/I0BEKA, XOPOILO M3y4YeH HYK/I€OCOMHbIN ypoBeHb KommakTusanyu JJHK, omnpe-
fiefieH oOIuIT TIeT/IeBOI JOMEHHBIN XapaKTep ganpHeitmeit yxaagku JTHK, nogreep-
JAIOTCS IPENCTABIEHNA O XpPOMOHEMHOM YPOBHE, HO BCE K€, Ha CETOJH:A MBI 0 KOHIIA
He 3HaeM, KaK IIOCTPOEHa MUTOTMYECKAA XPOMOCOMa.

TpynHoCcTH M3ydeHUs XpOMOCOM CBSI3aHBI KpOME BCETO IPOYEro B TOM, YTO 3TO
OYeHb 1A0M/IbHASA CTPYKTYPA, IETKO MEHAIOIIasA CBOI0 MOP(OIOTHUIO B 3aBYICIMOCTH OT
yCloBUit 9KcIiepuMeHTa. Tak, oOpalaeT Ha ce6s BHUMaHue CBOJICTBO MUTOTUYECKIX
XpOMOCOM O0OPaTMMO M3MEHATb CBOI 00beM IpY M3MEHEHM) VIOHHOTO OKPY>KeHUA.
Kak y>xe yka3bIBasmoch, IpMMeHeHVe TUIIOTOHNYECKIX paCTBOPOB IPUBOANT K HabyXa-
HIIO XPOMOCOM, HO IIPV BO3BPAIIeHUN UX B MISOTOHMYECKIE YCTOBYSA, OHM BHOBD ITPU-
o6peTaloT UCXogHyo Mopdosorui. VI3 3TOro ciegyer, 4To CyLIeCTByeT KaKoi-TO Me-
XaHM3M, CTAOVIM3UPYIOMMIT 0OLIYI0 OPraHM3aII0 XPOMOCOMBI. B XxpoMocoMe cyie-
CTBYET KaKOM-TO CTPYKTYPHbIil IOPANOK, aITOPUTM B3aMMOJENICTBUA KOMIIOHEHTOB,
KOTOPBIVl MHBAPMAHTHO NPMBOAUT MHTEP(A3HYI0 Pa3BepHYTYIO, NEKOHJEHCUPOBAH-
HYI0O XpOMOCOMY B COCTOsIHUE IVIOTHOTO Tefla (MUTOTHYECKas XPOMOCOMa), He MeHs-
IOIIETO HM CBOEN TOMIIMHBI, HY JUIMHBI, HU OCOOEHHOCTeI CTPYKTYpPbI B 6ecuuciIeH-
HOM PAJly K/IETOYHbIX IIOKOJIEHMIA.

Kax y>xe roBopusIoch, /s 3y4eHus yIbTPacTPYKTYPhl XPOMOCOM LIMPOKO IIpyUMe-
HAETCSA METOJ, IIOJTyYEeHN A Le/IbIX BBIJEIEHHBIX MUTOTUYECKIX XPOMOCOM C IIOMOLIBIO
TUIIOTOHMYECKUX BO3JIeiCTBIUI Ha KleTKu. Ha Takux mpemnaparax BUJHO, YTO B COCTaB
XpOMOCOM BXOZAT 25-30 HM s7ieMeHTapHble Gubpumabl. OFHAKO YIOBUTH XapaKTep NX
YKIaJKM, KaKoii-1nbo MOpsA/IOK B UX PACIONOXEHUN He yAaeTcs. XpOMOCOMBI B 3TOM
CTy4ae MMEIOT BUJ, TeJl, COCTOSIIMX KaK Obl 113 IlepeIry TAHHBIX M3TMOaoIxcsa puopmui,
WY, IO 06Pa3HOMY BBIP)KEHNUIO OJHOTO 13 IIMTO/IOTOB, HAIOMMHAIOT Pe3y/IbTaT aBa-
puM Ha MaKapoHHOII (abpuke.

Ha npemaparax Takux BbIJJ€/IEHHBIX ¥ PACIIACTAHHBIX XPOMOCOM HET peanbHOM
BO3MOXXHOCTM BBIACHUTD, U3 KAKOTO YNC/Ia HUTEH COCTOUT XPOMOCOMa, TeM 6Oosee
IpPOCNENTD ITyTh U MOPAAOK YKIAJKM OHON HUTU OT Hayasa [0 KOHIIA, eCay ObI
OHa 6bly1a OCHOBOJ XpOMOCOMBI. Bosee TOro, Iporjecc BbIje/IeHNS XPOMOCOM IIPUBO-
JUT K MISMEHEHMIO UX CTPYKTYPBHI. JIErKO BULETH B CBETOBOM MUKPOCKOIIE, YTO IIepe-
HOC >KMBBIX JIe/IAIMXCA KJIETOK B TUIIOTOHMYECKME PACTBOPBI IPUBOAUT K PE3KOMY
HaOyXaHNIO X XPOMOCOM. XPOMOCOMBI IIPY 9TOM IVIOXO Pa3IM4MMBbl, OHU YBeJMN-
4YMBAIOTCA B 00beMe, CTAHOBATCSA MeHee ONTHYEeCKM IUIOTHBIMU. B 1e1oM MuTOTH-
JecKye XpOMOCOMBI B 9TUX YC/IOBUAX BeAYT cebs Tak >ke, KaK IpernapaThl BbIE/NICH-
HOTO XpOMAaTVHa, — Ha0yXaloT, IepeXOfiAT B MeHee KOH/JIeHCHPOBaHHOE COCTOSHNE.
Takoe Bo3sfelicTBYE Ha HUX TMIOTOHMYECKON CPebl IIPMBOJUT K IOTEpe CYOCTPYyK-
TypU3aL/yi XPOMOCOMBI.

OnmHako O TOM, 4TO Takasd CyOCTPYKTYypu3alMsA CYIIeCTBYeT, TOBOPUT Macca (ak-
TOB HE TOJIBKO 37IEKTPOHHO-MMKPOCKONNYECKNX, HO VM IOTYYEHHBIX C IIOMOIIbIO CBe-
TOBOTO MUKPOCKOTA. BcA cOBOKYMHOCTb MOPGONIOrndecknx 1 OMOXMMIYECKUX JaH-
HBIX JO/DKHA OBITD yYTeHa IIPY BOCCO3/JaHNY TPEXMEPHOI OpraHM3aL[IJ MUTOTYECKIX
XpOMOCOM.

B 1970-x rT. yganoch ynoBUTb OOIMIT IPYHINUII CTPYKTYPHO! OPraHM3alMU MM-
TOTUYECKOJl XPOMOCOMBL. DBbIIO OOHAapy’>keHO, YTO XPOMOCOMBI He TEpSI0T CBOEN
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MOP(OIOTMYeCcKOil 1Ie/IOCTHOCTY, He
pacIafaloTcs Jaxe Ipu pe3KoM Haby-
XaHIY, BBI3BAHHOM Y[alleHNMEM BCeX
TMCTOHOB. JTO pocTuraercsi obpa-
0OTKOII BBbIJIE/IEHHBIX XPOMOCOM pac-
TBOpPAaMM IIOJIMAHMOHOB, JIeKCTpPaH-
cynbdara u remapusa. B atom cnygae
XPOMOCOMBI HACTO/IBKO JIeKOHEHCH-
PYIOTCSI, 9TO HEePeCcTaloT ObITh BUIHBI
B ()a30BO-KOHTPACTHOM MUKPOCKOIIE.
[Ipu pobasnennn xe ¢Gryopoxpoma,

caspiBatonierocst ¢ JHK (atupnym
Puc. 7.5. JlatepanbHbie netnu IHK 1 oceBble KOMMNOHEH-

. . MU bIJIO BUIHO, YTO CUJIbH
Tbl MeTaha3HON XPOMOCOMbI MOC/E MOSIHOM SKCTPAKLWN 6pomup), 6bLIO JTHO, YTO CU/IbHO
rMCTOHOB HabyXIiye XpOMOCOMBI He pa3Bajl-

BAJIVICh, @ 3HAUUTETBHO (10 4 pas) yBe-

MMYUBANUCh B JUIMHY U IIMpUHY. Ta-
KI1e CWIbHO HaOyXIe, TMIIeHHbIe TYICTOHOB, XPOMOCOMBI IIOMEIIa/IN Ha HOJJIOXKKY U
paccMaTpuBaIy B 3/IEKTPOHHBIN MUKPOCKOIL

Oxasanoch, 4To HabyXIIye XpOMOCOMBI COCTOSAT U3 JBYX KOMIIOHEHTOB: U3 PBIX/ION
CeTy IUVIOTHBIX (pUOPM/IIT B IIeHTPaIbHBIX YYaCTKaX (XPOMOCOMHBIN OCTOB — CKa-
¢domnp), TOBTOPAIOMINX KOHTYPBI MeTadasHbIX XPOMOCOM (OCeBble KOMIIOHEHTBI), 11 U3
MHOTOYVIC/IEHHBIX JJIMHHBIX TOHKMX II€Te/Ib, OTXOAAIINX OT HUX B IIONEPEYHOM Ha-
npaseHnu (puc. 7.5). boira mokasana 6enkoBas IPUPOAa OCEBBIX KOMIIOHEHTOB I
JHK B cocTaBe netenp. Cpegunit pasMep 60OKOBBIX IIeTe/Ib COCTABIAT OKOMIO 30 MKM.
Ecmu Taxkne npenapats o6paborats [JHKa3011, ToO MOXXHO ITOTyInTh 6€/TKOBBIE OCTOBBI
Y aHA/M3UPOBATh UX cocTaB. OKa3aaoCch, YTO B HUX IPUCYTCTBYeT 0KO/IO 20 6eIKoB
HETVICTOHOBOII IIPUPOJBI, CXOAHBIX C OelKaMu siflepHOro MaTpukca. Vicxozs us aroro,
Obl1a IpefyIoKeHa MOJeNb CTPYKTYPHON OpraHM3alMy MUTOTUYECKVX XPOMOCOM.
B ee ocHOBe JIOXXUT IMPUHINII TTONIepeYHOro pacronoxenus nerens [JTHK Bronb 6en-
KOBOJI 0OCEBOJ CTPYKTYPbL. B mpuHUMIIE 3TOT TUII OPraHU3aLUM MUTOTUYECKON XPO-
MOCOMBI OYeHb HallOMMHaeT XPOMOCOMBI TUIIa «JIaMIIOBBIX LIE€TOK», BCTPeYaloluxcs
B IIpoliecce Meiiosa.

IletneBoe pacionoxxenne [JHK BEomb XpoMOCOMBI TOTYyYNIIO B [JaNbHENIIIEM LIe/TbII
pAan noaTBep>xaeHNiT. OfHAKO PV pa3HBIX CIOCO0aX IeTPOTEMHU3AIMN KPOMe IeTeNb
B IepyQepnyt HabyXIINX XPOMOCOM MO>KHO OBUIO BBIABUTD 1 PO3€TKOIIOJ00HbIE CTPYK-
Typbl, coctoamue n3 JTHK.

B nocnegHee BpeMsA MOTy4YeHBI JAHHBIE O TOM, YTO OCEBbIE CTPYKTYPBI MOTYT IIpef-
CTaBIATb C000J1 apTedaKT, NOMYINBIINIICA B pe3y/IbTaTe MOHTaXa U BBICYIIMBAHUA
IeTVICTOHM3VMPOBAaHHBIX XPOMOCOM Ha TOANOXKe. Ha camoMm ke fiee B Tere XpoMo-
COMBI CYIeCTBYIOT HETVICTOHOBBIE O€IKOBbIE CBA3KY (CKPEIKI), CIIMBAIOLINEe OCHOBA-
Hus1 60KoBbIX neTenb [THK, HO 9Ty cBA3KY, pasOpocaHHble PHIX/IO O 06beMy XpOMO-
coMsl (puc. 7.6). Kak ObI TO HU OBUIO, IPUHLINII IIeT/IeBON TonepevHoit ykaaaku JHK
B TeJle XPOMOCOMBI OYeHb BaKeH /I IIOHVMMAaHMA ee OOIIell yIbTPacTPYKTYPHOIL Op-
TaHM3aL M.
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Puc. 7.6. CxeMa BO3MOXHOTO PacroNoXeHus Puc. 7.7. Cxema ypOBHel OpraH13aLin XpomaTug
netenb JHK (1) n 6enkosbix «cKpemok» (2), (no Anbbeptcy v fip. 1994)

CBA3b MeX 1y KOTOPbIMI ONpeaenseT napameT-

Pbl XPOMOCOM

Heo6xon1Mo O4epKHYTh, 4YTO Ha NONEPEYHBIX U IIPOJOIbHBIX CEYEHUAX MUTOTH-
YeCKVX XPOMOCOM, (PMKCHPOBAHHBIX B HATBHOM COCTOSIHUY BHYTPU K/I€TOK, HMKAKIX
LIEHTPa/IbHBIX MM OCEBBIX 3JIEMEHTOB He 0OHapy>keHo. OHU BBIAB/IAIOTCS TOBKO I10-
C7le yZia/leHsl U3 BBbIJIe/IeHHBIX XPOMOCOM BCEro Habopa I'CTOHOB, YEMY IIPEAIIeCTBYeT
M30JIAINS XPOMOCOM B TUIIOTOHMYECKOI! cpefie.

Ha ocHoBaHum 3Tux HaOMIOgeHUI IMPOKOe PAacHpOCTpaHeHUe Hallla XPUCTO-
MaTuiiHas cxeMma, OOBsCHSAIOmAs OOIIYI0 CTPYKTYPY MUTOTUYECKON XPOMOCOMBI
(puc. 7.7). Ilo aroii cxeme nepBbIM ypoBHeM kommaktusanun JHK saBnsercsa Hykiieo-
comHas ¢pubpyIa TonyHo 10 HM, Ifie BOKPYT OfHOI HYK/IeOCOMBI 000padnBaeTcs
146 n.1. IHK ¢ k0adduimeHToM KOMIAKTHOCTY PaBHBIM 6-7 (K.K. 6-7); BTOPOII ypoO-
BeHb — 30 HM ¢ubpuia-conenony (k.K. 40); TpeTnit ypoBeHb — IETIE€BOI JOMEH,
60 T.m.H. Ha meTre B 0,2-0,3 MM (k.K. 680). [Tasmee oTpe3ok mpumepHo ¢ 18-20 meTrte-
BBIMM JJOMEHaMI 006pa3yIoT BOKPYT OCEBOTO 3/IeMEHTa XPOMOCOMBI OfVIH BUTOK M-
ametrpoM 0,7-0,8 MKM (TONIMHA XPOMATUABI) C KOIPIUIMEHTOM KOMIAKTU3ALUN
12 - 10*. Takoif BUTOK 13 IET/IEBbIX JOMEHOB MOXET IIPeJiCTAB/IATD 06011 MUHUMa/b-
HOTO pasmMepa 69H/I, a HaOOp U3 HECKONMbKUX BUTKOB — CPeTHUI O3H]I.

ITo mpyrum mpepncTaBleHNAM MOXXHO HpPeANONOXUTb, 4yTo netne [JHK, BpiaB-
NA€eMOJ Ha XpPOMOCOMAX, JIMIIEHHBIX TYICTOHOB, COOTBETCTBYET XpPOMOMEp, IIpOMe-
JKYTOYHBIM 3TAIlOM JIeKOH/IeHCAIMM KOTOPOTO sB/ISAETCS PO3eTKOIOZOOHAs CTPYK-
Typa JHIIL.

Baxao ormeTuTsp, uTo XpoMoMepHble yyacTky [JHIT BcTpewyaroTcsa u B uHTEpdas-
HBIX sAApax (TaM OHM HasbIBAIOTCS XpoMoleHTpammu). OKasanoch, YTO HOPSHOK VX
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Puc. 7.8. Cxema pa3nnuHbIX YpOBHe KOMNaKT13aLny XpOMaThHa:

1 — HyKneocoma; 2 — HyKneomep, «CBepXbycuHa»; 3 — Xpomomep, NeTNeBON JOMeH; 4 — XPOMOHEMa; 5 — XpomaTuaa

IEeKOHMIeHCally TaKOi )Ke, 4YTO ¥ B MUTOTMYECKOI XPOMOCOMe: 13 XPOMOLIEHTPOB BO3-
HUKAIOT PO3eTKONOO0OHbIe CTPYKTYphI ¢ neTsamu JHII no ux nepudepnn.

MTax, MOXXHO HECKONIbKO MHAa4e OI[eHUTb HeKOTOpble sTanbl kommnakTusauym JHK,
KOTOpBbIe IIPUBOJAT B KOHI[E KOHIIOB K ITIOCTPOEHNUIO IITIOTHOTO Te/la MUTOTUYECKOIL XpO-
MOCOMBI (puc. 7.8).

I[TepBblit ypoBeHb — HyK/me0comMHbiii — 0Opasyet cBepxckpyunBanue JJHK mo mo-
BEPXHOCTY TMCTOHOBOJ CepylieBUHBL. Bropoit — HykneomepHuviii (cBepxOycnHa), rie
uzieT o6beuHeHNe 8—10 HyKIe0ocOM B Bujie I100Y/IbL. Tak Kak Bce 9TV YPOBHM KOMITaK-
TU3AIVM IPOVCXOAAT Ha OTPOMHBIX MHeNHbIX Monekynax JHK, To psap coOmpkeHHbIX
HYK/IeoMepoB 1 o6pasyet 20-30-HaHOMeTpOBYI0 pubpyminy JHIIL. Tpetnit ypoBeHb —
xpomomepnuwiii: et bubpumn THIL, o6benrHeHHbIE CKPETKaMU 13 HETMICTOHOBBIX
0e/koB, 00pasyI0T KOMIIAKTHBIE TeJld, KOTOPbIe NPV MCKYCCTBEHHON [IeKOHEH AN
HaIyT pOo3eTKOBMIHBIE CTPYKTYpPBL. PacronokeHne meTnieBblXx JOMEHOB, XPOMOMEPOB,
MOXeT ObITb HepaBHOMEPHBIM; YYaCTKM Tella MUTOTUYECKO XPOMOCOMBI, 06O0TalIleH-
Hble VMU, MOTYT COOTBETCTBOBATb «O9HAAM» MM cerMeHTaM Ipu AnddepeHIab-
HOJI OKpacKe XpOMOCOM. UeTBepThIil YPOBEHb — XPOMOHEeMHbLL: COMVDKEHHbIE B JIN-
HEeITHOM TOpsifike XpoMoMepsl 06pasyiot Tojctoie (0,1-0,2 MKM) XpOMOCOMHbBIE HUTYA-
ThI€ CTPYKTYPBI, KOTOpble MOXKHO y>Ke Hab/TIofjaTh ¥ B CBeTOBOM MUKPOCKOIIe. XapaKTep
YIaKOBKM 3TOI HUTHU B Te/le XpOMATH/bI ellle HeJOCTaTOYHO BbIACHEH; BO3MOYKHA CIIN-
pajIbHasA YK/IaKa XpOMOHEMBI, HO He MICK/TIOUeHO 00pa30BaHIIe €10 I ellle O HOTO YPOBH:
HEeTIUCTBIX CTPYKTYP.

KoneuHo, Takas obujas cxeMa OpraHmM3aluy MUTOTHYECKUX XPOMOCOM OYeHb He-
HOJIHO OTPa)kaeT 0COOEHHOCTM CTPOSHMA VX CHeLMalTN3UPOBAaHHbBIX YYaCTKOB, TAKIX
KAaK AJpPbILIKOBBII OPTraHN3aTOP, TEJIOMEPDL ¥ LIEeHTPOMEPBI.

Eme MeHee sACHBIM IpeJCTaB/AeTCA CaM IPOLeCC KOHZIEHCALMM XpOMAaTHHA IIpU
MIOCTPOEHUN MUTOTMYECKUX XpOoMOcoM. HemocpecTBeHHOe y4acTue B CIeliaTbHOM
THIIe KOH/ICHCAIIM XPOMATIHA BO BpeMsI MITO3a IIPMHUMAET LIe/Iblil KITacC 0COOBIX Oe-
KOB, IIPMHA/ISKAINX K T.H. 6e/IKaM «CTPYKTYPHOTO HOfep>XaHus xpomarnHa» (SMC-
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6enku). OHM TIpU mepexofe
K/IeTOK B S-Gasy MHAYLUPYIOT
aKTUBAIMIO CIIELMa/TbHbIX KI-
Ha3 0en1K06-K02e3UH06, KOTO-
pble 1O Mepe IIPOXOXKAEHMs
cunrtesa JTHK ymepxusaroT
peIUIMIMPOBaHHBIE  XpOMa-
TUIBI APYT OKOJO Apyra (puc.
7.9). O1a cBA3b COXpaHACTCA B
TedeHNe Bceil mpodasel U Me-
tadassl, I7je KOTe3MHBI yfep-
JKMBAIOT CECTPUHCKME XPO-
MaTUAbl BIUIOTH MO Hadasma
aHadasel.  [lpyras  rpymma
SMC-6e1k0B BKTI09aeT B ce0s
KOMIIZIEKC KOHOeHCuHo6. KoH-
[IeHCMHBI MPeACTaB/IAIT CO-
6011  MHOrOCYObeqVHIIHbIE
AuMepHble OeKoBble 06paso-

Puc. 7.9. Mpu cnHteze OHK
KOre3mHbl CLUVBAOT CECTPUH-
CKMe XpomaTuapl U yaepxu-
BalOT MX 4O aHadasbl
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Puc. 7.10. KoHOeHCWHbI, anmep-
Hble 6e/IKOBblEé KOMMNEKChI, CBA-
3bIBaIOT OTAESbHbIE YYACTKN XPO-
MaTMHa B MpoLecce KOHAEHCa-
LM XpPOMOCOM

BaHMA, CBA3BIBAIONINE OT/eNIbHbIE YIACTKM XPOMATIHA, COMDKAIOT UX APYT C APYTroM,
fienas KaXayio nHTepdasHyo XpOMOCOMY KOMITAKTHE, YIZIOTHAA ee M yKopadnBast 60-

nee yeM B 50 pas (puc. 7.10).



JELER:

AlpepHble TpaHCKPUNTDI
1 UX TPaHCNOPT

Opna 13 BakHemmx GyHKINIT KIETOYHOTO sifipa — pean3alyisi TeHeTUYeCKOil NH-
¢dopmannu B Buje cuHTesa nenoro psaga PHK mmm cnyxammx marpuiamm ist CUH-
Te3a Oeska, 1 obpasyronyx anmnapar 6enkosoro cunTesa. Cunres PHK na Marpumax
IHK xpomartuna, mpanckpunyus, BKiodaeT obpasoBanue Heckonbkux tunos PHK, ¢
nomornpio pasnnaneix PHK-nomimepas, dpepmentos cunrtesupyromyx PHK mo ognoit
u3 neneit MaTpuunoit JJTHK. Bcero B aykapnoTnueckux KieTKax BCTpedaeTca 5 TUIIOB
PHK (rabmn. 8).

Nudopmanmonnsie PHK, camble pasHooOpasHble 110 BeIMYMHE 1 10 CTPOSHUIO HY-
K/ICOTVM/IHBIX IIOCTIeJOBATEIbHOCTEN, — CaMble HeCTaOMIbHbIE TT0 BPEMEHY MX SKU3HIU:
OHU CHHTE3VPYIOTCS B OOJIBLIOM KOMMYeCTBe M OBICTPO JerpajupyloT, 4To obecreyun-
BaeT CMeHY (YHKIVIOHATbHBIX aKTUBHOCTEI KJIeTKI. B cBA3M ¢ X ObICTPOII 3aMeHOI!
o011ee YMCIO UX OTHOCUTENBHO HeBenmuKo — 10% ot mMaccel Bcex PHK B kiietke. O1n
uPHK cunresupyiotcsa npu yuactun dpepmenta PHK-nonmumepass II, xoropas mo-
KeT 00pa3oBbIBaTh nepBuyHyo Konuio PHK c mo60oro rena, KogupymoIero CTpykTypy
6enka. JlanpHeilllee co3peBaHNe 9TUX IIEPBUYHBIX TPAHCKPUIITOB, VX 3HAUYUTETbHOE
YKOpOUYeHMe U MepecTpoiika (CIUIAiiCMHT — CM. HIDKe) IIPOUCXOAUT C TIOMOIIBI0 0CO-
ObIX PMOOHYK/IEOPOTENIHBIX YacTHLl, cofiepkamux Manble spepHsle PHK (MaPHK).
9t MaAPHK cHHTe3MpyroTcs Takke ¢ IOMOIIBIO 3TOTO (epMeHTa, UX KOTMYECTBO B
K/IeTKe HeBelnKo (5%), Ho oHu 6onee cTabunbHbl u gonroxusymue. K MaPHK orho-
cutcA 1enas rereporenHas rpynna PHK, Bxopamas B coctaB manbix PHII-yacTu, Ta-
kux kak SRP, Temomepasa, craitcocomsl u fip. (cM. Huke). Bce ocranbHble K1eTod-
ubie PHK Heob6xommMbl 151 co3manus anmapata 6enkoBoro cuntesa. Pubocomusie PHK
CUHTe3MPYIOTCA ¢ oMolibio PHK-nonmmepass I, oHM pefcTaBisioT OCHOBHYIO MAacCy
knerounbix PHK u oTHOCHTENnbHO crabunpHbl. Onna n3 pub6ocomusix PHK, 58 PHK,

Ta6nuua 8. Tunbl PHK, ux Konnuectso, cTabunbHOCTb 1 pepPMEHTbI, yUacTBYIOLME B X CUHTE3e

KonunyectBo cnHTesnposaH-
Tun PHK Konuuectso, % HbIX MONEKy” 3a eAuHNLY GepmeHT
BpemeHu, %
PHK 10 58 PHK-nonumepas3a Il
pPHK 50-70 39 PHK-nonumepasa |
TPHK 25 - PHK-nonvnmepasa lll
MaAPHK 5 3 PHK-nonunmepasa i, Il
MUTPHK 15 - PHK-nonnmepasa, cxogHas
¢ 6aKTepranbHoli
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a taroke 20 Tpancdepubix PHK, Toxe cTabunbHbIX, CHTE3UPYIOTCS ¢ Tomouibio PHK-
nonumepassl I11. Mutoxonsapuanbasie PHK cunTesnpyrorca B Axpe.

Peanusanus reHeTn4eckoil MHGOpMALMY, BBIPAXKAIOIIAACA B CMHTe3e pasHOoOpas-
HbIx Monekyn PHK, nomkHa ObITh cBs3aHa C M3MEHEHVeM MOP( OO AfIePHBIX KOM-
IIOHEeHTOB. Ha cBeTOONTHYeCKOM ypOBHE aKTMBalA AJEPHON TPaHCKPUIILIUY BCeraa
CBSI3aHa C JeKOHJEHCAIVell XpPOMATIHA, C yBeMn4deHeM 00beMa AAPBIIIEeK, C ITOBbIIIe-
HIeM ux 6asopuamm, T.e. ¢ yBemndeHneM B Hux kommdectsa PHK. Otu obmue npu-
3HAKM YBeJIMYEHM AJepHONM aKTMBHOCTU Majlo 4TO JJaloT JI/i IOHMMAaHNsA XOfja MoJle-
KYJ/IAPHBIX IIPOLIECCOB Ha YPOBHE PeAIbHBIX ANEPHBIX KOMIOHEHTOB. YTO MPOMCXOANT
C y4acTKaMI XpOMaTHHa, 3aK/II0Ya0MIMI MHANBY/IYaIbHBIN I'eH, KOGVPYIOLNI OIpe-
JieTIEHHBIIT 6€I0K, M3y4aTh OYeHb TPYAHO, T.K. 9TV TeHBI B IIOfIaB/IAOIIeM OO/IbIIHCTBE
CTy4yaeB CyIIEeCTBYIOT B €[UHIYHBIX KOIVIAX VM ITPOCTIEANTD B TUTAHTCKOM KITyOKe JIeKOH-
[IeHCHPOBAHHBIX MHTEP(a3HbIX XPOMOCOM 3a pabOTOIl MHAMBNAYA/IbHOTO TeHa Ype3-
BBIYAITHO TPYAHO (XOTSA ¥ BO3MOXKHO).

OTHOocKTENbHO 60JIee IIPOCTO ITY >Ke 3a/lady MOYKHO PEIINTb Ha FeHaX, MHOTOKPaTHO
HOBTOPEHHBIX B I€HOMe, TaKMX Kak reHsl pubocomusix PHK, Bxopsmux B cocTaB MH-
TepdasHBIX AAPBIIIEK, OCHOBHAA (PYHKIMA KOTOPbIX —obOpasoBaHue pubocom. lsy-
qas yIbTPACTPYKTYPY AAPBILIEK M 0COOEHHOCTY MOP(OIOrUM CMHTe3a PUOOCOMHBIX
PHK, BniepBble y/jazioCh C IOMOIIbIO 37IEKTPOHHOTO MMKPOCKOIIA BI3yan31pOBaTh pa-
60TAIOIINIT TeH.

1. AapbIWKO — NCTOYHMK prbOCOM

B MOJeKyIsApHOM OTHOIICHNY AAPBILIKO HMPEACTaB/sAeT cO060I YIacTOK NTMHEIHO
mornekynsl JTHK XpoMocoMmBl, Ha KOTOPOM HPOUCXOAUT cuHTe3 prbocomuoi PHK u
cbopka prbOCOMHBIX CyObeUHMNLL.

BHyTpy mHTepdasHbIX sifiep KaK Py BUTAIbHBIX HAOMIOLEHUAX, TaK U Ha UK-
CMPOBAaHHBIX U OKpAIIEHHBIX IIpelaparax BUJHBI MeJKMe, OObIYHO LIapOBUJHBIE
TeJIbIla — SI/IPBIIKN. B )KMBBIX K/IeTKaX OHY BbIfie/A0TCA Ha poHe nnddysHoit opra-
HU3aLMM XPOMAaTHHA M3-3a CBOe cBeTonpenomageMocTu. IlocieqHee cBoicTBO CBA-
3aHO C TeM, YTO AAPBIIIKY — Hanbosiee IIOTHbIE CTPYKTYPbI B K/IeTKe. SIgpbIky 06-
HapY>XMBAIOTCA MPaKTUYeCKM BO BCeX AAPAX 9YKapPUOTUYECKUX K/IETOK 33 PefiKUM
UCKII04eHNeM. DTO TOBOPUT 06 005A3aTe/IbHOM IPUCYTCTBUY 3TOTO KOMIIOHEHTA B
KJIETOYHOM AJpe.

B K/1€TOYHOM LIMKJIe SAMPBILIKO NPICYTCTBYET B T€4eHMe Bcell MHTep(dasbl: B Ipo-
dase o Mepe KOMITAKTU3ALVV XPOMOCOM BO BpeMsI MUTO3a OHO IIOCTEIIEHHO MCUYe3aeT,
U OTCYTCTBYeT B MeTa- 11 aHa(ase, ¥ BHOBb NOSIBIIACTCA B cepefuHe Tenodasbl, 4T0ObI
COXPAHATBCA BIUIOTD [0 C/ISAYIOLIET0 MATO33, VIN [0 TMOeN KIeTKI.

Eme B 30-x ropax psimom uccnepnosateneit (MakKnmnuTok, Xeririy, HaBammnH) 65010
II0Ka3aHO, YTO BOZHNKHOBEHE ANPBILIEK CBA3aHO TONOTPapIIecK C ONIpefie/IeHHbIMU
30HaMyl Ha OCOOBIX, SA/PHIIIKOOOPA3YIOMIMX XPOMOCOMAX. DTU 30HBI OBUIM Ha3BaHbBI
AOPLIUKOBLIMU OP2AHUZAMOPAMU, & CAMU ANPBIIIKA IPEICTAB/IIINCD KaK CTPYKTYP-
HO€ BBbIPa)KeHJe XPOMOCOMHOII AKTYBHOCTI.
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[To HaHHBIM IVTOXMMUYECKNUX ¥ OMOXMMIYECKNX MCCTIeJOBAHUII OCHOBHBIM KOM-
MIOHEHTOM SJIPbIIIKA ABJIAETCA O€/IOK: Ha ero Joimo npuxoautcs go 70-80% ot cyxoro
Beca. Takoe 6orbiI0Oe cofepkanue 6eKa 1 OIpefie/isieT BBICOKYIO INIOTHOCTD SIf|PBILIEK.
Kpome 6enka B coctaBe sAnpbIiika 0OHapy>KeHbl ObUIM HykaenHoBble Kucmotel: PHK
(5-14%) n THK (2-12%).

Y>xe B 50-X rofiaX IIpy M3y4eHNUN YIbTPACTPYKTYPBI AAPBILIEK B UX COCTaBe ObIIN 06-
Hapy>KeHbl I'PaHY/Ibl, CXOJHbIE TI0 CBOMM CBOJCTBAM C LIUTOIIA3MATUYECKUMY IPaHy-
JlaMy pUOOHYK/IEOPOTENIHOI IPUPOALL, ¢ pubocomamu. ClefyONMM STalloM B U3Y-
YeHVM SAZPBIIIKA ObUIO OTKPBITYE IPYHIMINAIBHOTO PaKTa — «AAPBIIIKOBBIN OpTraHm-
3aTOp» SIB/IAETCSI BMECTUINIEeM reHoB prb6ocoMubix PHK, a camo sapsIko — MecToM
cbopku puboCcoM.

2, CtpoeHmne pnbocom

Pubocoma mpezncrasigeT co60i 3/IeMeHTapHYI0 KJIeTOYHYI0 MAIVHY CHHTe3a JIIo-
6bIx 6enKoB KIeTKN. Bce OHM NOCTPOEHBI B KJIeTKe OAMHAKOBO, MIMEIOT OfJTHAKOBYIO
MOJIEKY/IAPHYI0 KOMIIO3UIINIO, BBITOTHAIOT OTHAKOBYIO QYHKIINIO — CHHTe3 OeKka —
II03TOMY VX MOXKHO TaK )K€ CUMTATh KI€TOUHBIMY OpraHOMAAMMN. B oT/m4me ot gpyrux
OpraHOM[IOB LIUTOTIIa3Mbl (TUTACTI]], MUTOXOH/IPUIA, KITIETOYHOTO 1IeHTPa, MeMOpPaHHOIT
BaKYOJLIPHOII CUCTeMBI U JIp.) OHM IIPECTaBIeHbI B KJIETKE OTPOMHBIM YJC/IOM: 32 KJle-
TOYHBIIT MK/ UX o6pasyercst 1 - 107 mrryk. [Tosromy ocHoBHast Macca kinetounoit PHK
npeypcrayser coboit umenHo pubocomuyio PHK. PHK pu6ocom otrHOcuTenpHO cTa-
6m1bHa, prOOCOMBI MOTYT CyLIeCTBOBATb B KJIEeTKaX Ky/IbTYpbl TKaHVU B TeUeHUE He-
CKOJIbKMX K/IETOYHBIX IIVIK/IOB. B II€4€HOYHBIX KIeTKaX BpeMs IIOMYXXVU3HM prbocoM
cocrapmseT 50-120 .

Pubocomvr — 3mo cnoxcHvie puboHyKneonpomeuoHvle 4acmubl, 8 COCMA8 KOMOPbIX
8X00UM MHOMCECTNB0 MOTEKYTI UHOUBUOYATIbHBIX (HENOBMOPEHHDIX) 0eK08 U HECKONIbKO
monexyn PHK. Pr60coMBI IPOKapyMOT 1 9YKapMOT IO CBOMM pasMepaM M MOJIEKYJLAp-
HBIM XapaKTePUCTMKAM OTINYAIOTCS, XOTS ¥ 00/1ajal0T OOIIMMY IPYHLMIIAMU OpTa-
HU3anuy U QyHKUMoHMpoBaHyA. K HacTosAleMy BpeMeHU METO[JOM PeHTI€HOCTPYK-
TYPHOTO aHa/IM3a BBICOKOTO paspelleHls MOTHOCTIO pacuMdpoBaHa CTPYKTypa pu-
60coMm.

[Tonnas paboTaronas pubocomMa COCTOUT 13 IBYX HEPaBHBIX CYO'beVIHNL], KOTOpbIe
JIeTKO 00paTMMO JUCCOLUMPYIOT Ha OONbLIYI0 CYObegyHMIY U Majylo. Pasmep moi-
HOJI IIPOKapMOTNIeCKON prbocoMbl cocTaBAeT 20 X 17 x 17 HM, 9yKaprOTIIeCKON —
25 %20 x 20 um. IlonHas mpokapmoTmdeckas pubocoma uMeeT KoapOUIMEHT Cemu-
MeHTauyn 70S u gucconmmpyer Ha iBe cyobepuuunbr: 50S u 30S. IlonHas sykapuoru-
yeckas pubocoma, 80S prbocoma, gucconympyet Ha 60S n 40S cy6benuunipr. Gopma
U leTa/IbHble OYepPTaHuUsI pOOCOM U3 pa3HOOOPA3HBIX OPTAHNM3MOB U K/IETOK, BK/TIOYast
KaK NpOKapMoTHUYecKle, TaK U 9yKapuOTHU4ecKye, IOPasuTeTbHO IIOX0XY, XOTA U OT-
NINYAIOTCA PAROM AeTasneil. Manas pubocoMHast cyObeHNLIA MIMeeT ITaJI0OYKOBUHYIO
¢dbopmy ¢ HeckonbkMMM HeOompIIMMM BeICTYIamu (puc. 8.1). bonmpimas cybpenuamnma
IIOXO>Ka Ha Nomycdepy ¢ TpeMs Topyaimmy BeicTynamu. [Ipy accolyalyum B HOMHYIO
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70S pubocomy Mamas cy6Odya-
CTUIA TTOXXUTCA OFHUM KOHIIOM
Ha OfuH U3 BBICTYNOB 50§ da-
CTUIIBI, @ IPYTUM — B €€ XKeJlo-
6ok. B cocraB mambix cybbenm-
HUL] BXOIUT IO OfTHOM MOJIEKYIE
PHK, a B cocTaB 60/b1ION — He-
CKOZIbKO: y TIPOKapMOT — [Be,
y 3YKapumoT — 3 MOJIeKy/bl. Xa-
PaKTepUCTUKM  MOJIEKY/IIPHOI
KOMIIO3MIINY PpUOOCOM [aHBl B
Tabm. 9.

Takum 06pasom, B cOCTaB 3y-
KapMOTUYECKOIT puOOCOMBI BXO-
nAT yetblpe Monekynsl PHK pas-
Hot giuubl: 285 PHK comepxxut
5000 mykneormpos, 18SPHK —
2000, 5,8S PHK — 160, 5SPHK —
Puc. 8.1. Pubocombl 6akTepuit B pasHbix NPOeKLNAX: 120. Pu6ocomubie PHK o06ma-

a — manas cybbeanHnLa; 6 — bonbluas cydbennHMLA; 8 — NOMHasA AT  CIIOKHOI BTOpI/I‘{HOIZ n
70S prbocoma, Buz cBepxy 1 cOoky

TPETUYHON CTPYKTypoii, obpa-
3y CJIOKHBIE TN Y LINVIIBKI
Ha KOMIIZIEMEHTAapHbIX Y‘IaCTKaX, 49TO INPpUBOAUT K CaMoyHaKOBKe, caMOOpranm3anmmn
3TUX MOJIEKYI B CTIO>KHOe 10 popMe Tenno. Tak, cama o ce6e monnexysna 18S PHK B pusu-
OJIOTMYeCKUX VIOHHBIX YC/IOBUAX 00pasyeT MajoYKOBUIHYIO YaCTULLY, OIPeNe/IAIOIyIO
dbopmy Masnoit cyobeuHULIBI pr6OCOM.

Inst Toro 9T0661 06pa30BanUCh POOCOMBI HEOOXOMNMO HAMMYME YeThIPEX TUIIOB
prn6ocomubix PHK B 9KBMMO/APHBIX OTHOLIEHWSIX U HaIM4Me BCeX prOOCOMHBIX Ge-
koB. CO0pKa pnb0OCOM MOXKET IPOMCXOANUTD CIIOHTAHHO i1 Vitro, eCTIN TOC/IeOBAaTe/IbHO
no6asate kK PHK 6enku B onpefienieHHOI IIOCTIE0BATENbHOCTI.

Tabnuua 9. MonekynapHas xapakTepucTuka pubocom

:(eosv?md;ﬁ:e:; Kon-Bo Moneky- K::::’it_ Kon-Bo 6enko-
06beKT AMA > monekyn PHK | napHbii Bec " BbIX MONEKYN
DL Ha cy6beanHn PHK AUMEHTa- |\ cy6beanHm
n ee cy6beanHmLy yobeanHnuy uum PHK yoBeauHuLy
Pnbocombl 30S 1 0,56-10° 16S 21
70S
lMpokapuot <: 50S 2 1,2-10° 23S 34
4,010 55
. 106
Prnbocombl 805<: 40S 1 06-10 18S
Sykapuot 60S 3 1,6-10° 285 Bcero
4,0-10* 5S Okono
4,5-10° 5,85 80
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3. Yem onpepenserca 4ncno appbiek B KNeTke

O6bI4HO B K/IeTKax HabmofaeTcs: 1-5 AAphIek, IpuieM X KOIMIeCTBO He CTPOro
IIOCTOSIHHO JIaKe Y OffHOTO ¥ TOTO JKe THUIIAa K/IeTOK. boree TOro, B HeKOTOPBIX MOTOBBIX
K/IeTKax (pacTyliue OOLMTBHI) YMC/IO AAPHILIEK MOXKET JOCTUIATh HECKOIBKUX COT, T.€.
Ha JIBa IOPSI/IKA BbIIIIE, Y€M B COCEHMX COMATMIECKMUX KIeTKaX. ITO — T.H. aMIUIU(u-
KAV SI/IPBILIEK.

Eme B 30-x rofax O6bII0 CIe/IaHO NMPENIOIOKEHNE, YTO YUCTIO SAPBILIEK 3aBUCUT OT
YIUCTIA «SPBIIIKOBBIX OPTAHM3aTOPOB» — OCOOBIX Y4ACTKOB, HAa KOTOPBIX B Tenodase
IPOVCXOAUT HOBOOOpa3oBaHIe spsIiiek nHTephasHoro sgpa. YacTo sphIIIKOBbIe Op-
raHM3aTOPBI IOKA/TM30BaHbI BO BTOPUYHBIX ITePeTsHKKAX XPOMOCOM (00pas3yioT BTOpud-
HbI€ [IEPETSDKKI XPOMOCOM). Tak, y 4eltoBeKa siPBIIIKOBbIE OPTaHI3aTOPBI PACIIONIOKEHBI
B KOPOTKUX IUtevax 13, 14, 15, 21 u 22 xpomocom (10 Ha gurtongHbli Habop) (puc. 8.2).

Takum 06pa3om, MaKCHMaTbHOE YUCTIO SPBILIEK B Pa3HbIX KJIETKaX OMpe/esieTCst
YJC/IOM SIJPBIIIKOBBIX OPTaHM3aTOPOB M YBEMMYMBACTCS COIIACHO IUIOMHOCTU SIfipa:
B KPYIIHBIX TOJIUIUION/HBIX SPaxX BCera KOMMYIECTBO SAAPbILIEK 60IbIIIe.

JIokanusanusi sIEPHIMIKOBBIX OPTaHM3aTOPOB OIPEMeseTcss JOBOTBHO TOYHO Ha
MUTOTHYECKIX XPOMOCOMAX C IMOMOIIBI0 OKPACKM CO/LSIMU cepebpa, KOTOpble MMEIOT
crienduyecKoe CPOACTBO K HEKOTOPBIM SIIPBILIKOBBIM OenkaM. bosiee TOYHBIM SIBIIA-
eTCsI Olpefie/ieHNe SAPBIIIKOBBIX OPTaHM3aTOPOB C OMOIIbI0 METOfja MOJIEKY/IPHOII
rnbpupusanyn in situ. Tax, MedeHHasa TputueM win ¢ryopoxpomamu pPHK npn kon-
TakTe ¢ AeHarypupoBaHHoit [JHK Ha mpemapaTe MUTOTMYECKMX XPOMOCOM 0OpasyeT
IOHK-pPHK run6pup tonbko
B T€X MECTaX, IJie eCTb IO-

1 1 CJ/IemOBaTEIbHOCTI IOHK,
KoMmIuleMeHTapHble pPHK.

,.Lq . ﬂlﬂ ﬁﬂ Yaie Bcero B KjIeTKax KO-

7 JINYEeCTBO AAPbILIEK MEHbIIIe,

YeM 4VICTIO AT PBIIKOBBIX Op-

rF .

p— 4

TaHM3ATOPOB. ITO CBA3AHO C
1 2 3 4 5 6 7 8 TeM, 4TO IIpM HOBOOOPa3o-
BaHUM SIZIPBIIIEK OHY MOTYT
CTIMBATBCA APYT C APYTOM B
m m OfIHY OOILYIO CTPYKTYPY; T.€.
MOTYT OOBEANHATHCS B IIPO-

9 10 11 12 13 14 15 16  CcTpaHCTBe uHTeppasHOro
SApa OTHENbHbIE SAMIPBIIIKO-

Bble OPraHM3aTOPbI PAa3HBIX
ﬁ % % % % m % xpomocoM (puc. 8.3). Tak,
B TKaHAX YeJI0BeKa MOTYT
17 18 19 20 21 22 Y X BCTPEYaTbCsA KIETKM C Ofi-
HUM SAAPBIIKOM. OTO 3Ha-

Pnc. 8.2. Xpomocombl (NeN® 13-15, 21, 22) € AAPbIWKOBbIMU OpraHi-  9UT, YTO [EeCATh SAMPBIII-
3atopamu (AOP) B kKapuoTune yenoseka K006pa3ymmmx Y4acTKOB,
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Puc. 8.3. B obpa3oBaHWN AAPbILEK MOXET YyYacTBOBaTb HECKObKO
XPOMOCOM C AAPbILIKOBbIMU OpraHu3aTopamu (A0P)

JIOKYCOB, IMIUIOMIHOTO HabOpa XpOMOCOM BXOAAT B COCTaB OFHOTO AfpbImKa. Crms-
HI€ AJPBIIIEK SPYT ¢ JPYTOM XOPOIIO ITOKA3aHO Ha JKMBBIX KJI€TKAX KyIbTYPhl TKaHN
npu neirpagepHOi KMHOCHEMKE.

4, MHOXeCTBEHHOCTb pI/IGOCOMHbIX reHoB

[Tpy M3y4eHNn 4nca ARPHIIEK PV PasINIHBIX XPOMOCOMHBIX ab6epaunsax 6bU1o
Haii[IeHO, YTO IIPM pa3pblBe XPOMOCOMBI Ha MeCTe BTOPUYHON MepPeTsDKKY ANPDIIKI
MOTYT BO3HMKATh Ha KOKHOM U3 (pparMeHTOB XpoMOcoM. VI3 aTux HabmogeHmit 6611
Clle/IaH OYeHb BaXKHBIN BBIBOJ, (KOTOPBI TIOMHOCTBIO MOATBEPANCA B 60-X Tofax Ha
MOJIEKY/ISIPHO-0MOTIOTMYeCKOM YPOBHE) O TOM, YTO SIAPBIIIKOBBIIl OPraHU3aTOP IIpef-
CTaBjsieT co0Oil He TOYEYHBIN IOKYC XPOMOCOMBI, @ SIB/ISIETCS MHOXKECTBEHHBIM I10
CBOEI CTPYKTYP€, COLEP>KUT HECKONIbKO OfIVTHAKOBBIX I'€HHBIX Y4aCTKOB, KaXK/IbIi 13
KOTOPBIX OTBeYaeT 3a 06pasoBaHme sApPbIIIKa.

MeTonoM MOJIEKY/ApHON TMOpuAU3anuy ObIO IOKa3aHO, YTO B COCTaBe TeHOMOB
9YKapuoT puOOCOMHBIE TeHbI PEeACTAB/IEHbI COTHAMMY 1 THICSIYAMM €[VIHULI; OHY TIPK-
HaJyIeXXar K (ppakiym yMepeHHO NoBTopstomuxcs nocnegoarenbaocrert JHK. Jaxe
y 6akTepuil B reHOMe MOXKeT OBITh HECKONIBKO (6—7) pacCesTHHBIX 110 T€HOMY MJEeHTIY-
HBIX [TOC/IEIOBATe/IbHOCTEI, OTBETCTBeHHBIX 3a cuHTe3 pPHK. Ob1iee komuecTBo 9TOM
¢dpakuym JTHK (pIHK) y E. coli cocraBnser okono 1% ot Bceit JHK. ¥ sykapuotndye-
CKMX OPraHM3MOB 3TOT IIPOLIEHT MOXET cOCTaBIATh 0,4 — 11 4enoBeka, 1,3 nia gpo-
30¢WIBL, 5,5 I TeKapCKuX ApoxoKeil. U1cmo e prbOCOMHBIX TeHOB Y 9YKapUOT Ha-
MHOTO 0OJIbIIIe, YeM Y ITPOKAPUOTUIECKIX
KieTok. B Tabm. 10 NpuBeNEeHbl HEKOTO- Tabnuuya 10. KonmyecTBo puOGOCOMHbBIX TeHOB
pble ipuMepbl Yncia renos pPHK y pas-  Ha rannonasbiii Habop xpomocom

JIMYHBIX IPEICTABUTENIEN 9YKAPUOT. Yenosek 200
C moMOIIbI0 MeTofa MOJIEKYIAPHOM Mnekonutatowme | Mbiwb 100
rubpyay3anyy O6bUIO TIPOAHAIM3MPOBAHO Kowka 1000
HE TOJBKO YUC/IO pI/I60COMHbIX T'€HOB, HO My Kypuua 200
W VX JIOKanusalps. VI3 oTux okcrepumen- |, du TpuTOH rpebeHyatbiii 4100
TOB CJIE[OBAJIO, YTO MMEHHO 30HBI SIPbILII- Amdunyma 19600
KOBBIX OPraHN3aTOPOB COfiEpPXKaT pubocoM- Jinkb 120
Hble TeHbI 1 Y9TO y M/IEKOTTUTAIOMIMX B KK~ | PbiOb! Nococw 730
JIOM M3 9TUX OPTaHM3aTOPOB COIEPXKUTCS Heouepatop 4800
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npyMepHo 110 100-1000 reHOB, T.€. AAPbIIIKOBbIE OPraHM3aTOPBI IPEACTABILAIOT COOOI IT0-
JIMIVICTPOHHBIE YYACTKM, COfiepyKalllyie MHOXKECTBO OITHAKOBBIX T€HOB (IIO/IMM30TeHHbIe
yaacTku). C/iejoBaTeNIbHO, prOOCOMHbIE T€HbI COOpaHbI BMECTE B IPYIIIIBI W/IN K/IaCTEepPBL.

Ha6ropaTb HermocpeicTBEHHO MOPALOK pacIionoXKeHns prubocoMubix reHoB Ha JJTHK
BBIJIeJIEHHBIX SJ[PBIIIEK C IIOMOIIbI0 3/IEKTPOHHOI0 MIKPOCKOIIA YAIA/I0Ch HA JIOTIO/IHN-
TeJIbHBIX SIIPBIIIKAX OOLUTOB aMDUOMIL.

OO6b14HO 4nmcio reHoB pubocoMHbx PHK MocTOAHHO Ha TeHOM, OHO He MEHSETCS B 3a-
BUCUMOCTH OT YPOBHA TPAaHCKPUIILIMM 3TUX I'eHOB. TaK, y KIeTOK C BbICOKMM YPOBHEM Me-
tabom3Ma uncio renos pPHK TouHo Takoe ke, Kak 1 4MC/IO Y K/IETOK, IOJTHOCTBIO TIpe-
KpartuBLmXx cuHTte3 pubocom. IIpu pemmkanym JHK B S-ieprozie mporcxoput u yaBoe-
Hue yucna reHoB pPHK, moaromy ux KommdecTBo KOppempyerT ¢ IJIOMJHOCTHIO K/IETKIL.

OnHaxko ecTb cnyyan, korga rensl pPHK nogsepratorcs n36bITOUHON permKaLmm.
ITpu sTom gononuuTenbHasA permkanys renos pPHK nponcxopnt B nensax obecneve-
HVSL IPOAYKIVM OOJIBLIOTO KOMM4YecTBa pubocoM. B pesynmbprare Takoro cBepxcuHresa
reHoB pPHK 1x kommmy MOTyT CTaHOBUTBCA CBOOOIHBIMM, 9KCTPAXPOMOCOMHBIMU. DTU
BHexpoMocoMHble komyy reHoB pPHK MoryT QyHKIMOHMPOBaTh He3aBUCUMO, B pe-
3y/IbTaTe 4ero BO3HNMKAeT Macca CBOOOIHBIX HOIOTHUTEIbHBIX AAPBIIIEK, HO Y)Ke He
CBA3aHHBIX CTPYKTYPHO C S[PBIIIKOOOPA3yOLIIMI XPOMOCOMaMI. JTO SBJIEHNUE IO-
yunsio Ha3BaHue amnauduxavyuu 2enoé pPHK. Ocob6eHHO ogpoOHO OHO M3YUeHO Ha
pacTymux oonuTax aMpuomii, XOTs BCTpedaeTcs KaK y >KUBOTHBIX, TaK U y pacCTeHMIL.

Tak, y mmopuesoit isaryuku X. laevis, Hanbonee mogpoOHO U3YIEHHBII 1 TOIYISAP-
HbIT 00bexT, ammmidukanusa p[JHK npoucxomut B npodase I menenus cospeBanus,
Korja cuHTe3 XxpomocoMHolt [IHK maBHO 3akoHueH. B aToM cnyyae KommyecTBo JOMON-
HutenpHON ammmpuyposannoit pJHK (i renos pPHK) cranoBurca B 3000 pas
6orbIe TOTO, YTO MPUXOANUTCA Ha ramroupHoe kommdectso pJAHK, n coorseTcTBYeT
1,5-10° renoB pPHK. Otu cBepxumcieHHble BHEXPOMOCOMHBIE KOIMU ¥ OOPasymT
COTHU JOIOTHMUTE/IbHBIX ANPBIIIEK B PACTYLIMX OOLUTAaX. B cpegHeM ke Ha OfHO [j0-
HOJTHUTE/IbHOE S/IPBIIIKO IIPUXOANTCS HECKONBbKO COT W Thicsid reHos pPHK.

buonormyecknit CMbIC/ MOAB/IEHNA CBEPXUMC/IEHHBIX 3KCTPAXPOMOCOMHBIX A/IPbI-
HIEK NPY POCTE OOLUTOB COBEPIIEHHO ITOHATEH: JI1 CUHTE3a OIPOMHOIO KONNYeCTBa
3aIlaCHBIX NIPOYKTOB, KOTOpbIe OYAYT MCIIONb30BAaHbl HA PAHHUX CTAAMAX aMOpuore-
He3a, HeOOXOIMMO COOTBETCTBEHHO OTPOMHO€ KOMNYECTBO PUOOCOM, KOTOPbIE MOTYT
OBITh B K/IETKe CHHTE3VPOBAHBI Ha JIONOTHNUTEIbHBIX MAaTPUIIAX STUX MHOTOYMCIICH-
HBIX aMIUIMGUIMPOBAHHBIX Afpbiiek. [Toce meprona co3peBaHusA OOLUTA IIPK €ro
IBYX IIOC/IeOBATENbHbIX JEeTIeHUAX 3TV JOIOTHNUTE/IbHBIE S/IPBIIIKY B COCTaB MUTOTH-
YeCK/X XPOMOCOM He BXOJIAT, OHN OT/Ie/IAI0TCA OT HOBBIX sAfiep U gerpagupytor. Creno-
BaTenbHO, aMmmmdukanysa pJHK B ooljute — BpeMeHHOe sIB/IeHNe, He CKa3bIBalollle-
€Cs1 Ha IIOCTOSIHCTBE TeHOMa.

5. CtpoeHue n pyHKuuoHuposaHue reHos pPHK

Hrak, B ARPBIIIKOBBIX OPTaHM3aTOPAX OIPEE/IEHHBIX XPOMOCOM JIOKaIM30BaHbI Me-
CTa MHOYXEeCTBEHHBIX CTPYIIIMPOBAaHHBIX BMecTe reHoB prbocomHor PHK. Ho, kax ysxe
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UMMN./MUH

18S

N ¢ppakuunn N dpakuumin
Puc. 8.4. [inHamuka Bkatouernsa HU B PHK:
a — cuHTe3 npepguecTBeHHNKa 455 PHK; 6 — nocnepgytowiee pacnpeaeneHue meTku no nikam 28S, 185 u 5,85 pPHK

TOBOPUJIOCH, CyIleCTBYeT 4 Tria Moreky/ pubocoHor PHK, ka1l 13 KOTOPBIX B IO/THO
3YKapMOTUYECKON pubOCcOMe IpefiCTaB/IeH OfMH pa3. SHAYMT JIV 9TO, YTO JIs KaXK/0M U3
stux PHK (28S pPHK, 18S pPHK, 5,8S pPHK, 5S pPHK) fo/mxeH cyiecTBoBaTb OTAE/b-
HBIJ1 TeH, ObIIO JO/Iroe BpeMs HesACHBIM. He IIOHATHO ObI/IO TaK JKe, KaK OCYIeCTB/IAeTCA B
KJIeTKaxX OffHOBpPeMeHHOe cbaaHcupoBaHHOe 0OpaszoBanye aTux pasubix pPHK. 310t Bo-
IpOC OBbIT pellleH IIpY UCC/IeTOBaHNM AMHAMUKY cuHTe3a pubocomubix PHK. beito o6Ha-
PY>K€HO, YTO IIpY MCII0/Ib30BAHNI UMITY/IbCHOI KOPOTKOI MeTKM cpefy KneTouHblx PHK
HaxoputcA OpIcTpo cuHTesupyouas PHK ¢ BBICOKOI CKOPOCTBIO CeVIMEHTALINY, TsKe-
nas 45S PHK wm npepgmectsennuk pPHK (mpe-pPHK) (puc. 8.4). Ecin nocrne nosisie-
Hus atoit 455 PHK npopomkars HabmoaTh 3a pacrpeniesieHyieM MeTKI BO (paKIax
PHK, Ho y>Ke B OTCYTCTBME MEYEHBIX ITPEALIECTBEHHIKOB, TO MO>KHO BUJETD, YTO II0 Mepe
ybbiBanya MeTKu B 30He 45S PHK, oHa HaumMHaeT MOAB/IATbCA M CTAOWIBHO HaKallIu-
BaThbCA B 30Hax 28S, 18S u 5,8S pub6ocomubix PHK. D111 maHHbBIe TOBOPWIIN O TOM, YTO IIPU
cunrese pubocomueix PHK cHavama
obpasyeTcst TUTAaHTCKas MOJIEKyJIa- j 5,85-pPHK|

npenmrectBeHunk (45S PHK), xoro- """x'-__l""'

pas 3aTeM [JaeT Hayaj0 OCHOBHBIM
Mornekynam pubocomuor PHK. Berio
HalifieHo, uyTo Monekyna 458 PHK co-
mepxut okono 13-10° ocHoBaHUIA,
MIMeeT MacCy OKO7O 4,6 - 10° 1 MoxeT
ObITD JyIMHON 2-5 MKM. SIBlIeHue pac-
naga monekynel 458 pPHK Ha ¢par-
MeEHTbI, COOTBETCTBYIOIINE pa3MepaM
288, 18S u 5,8S PHK, momy4nn Ha3Ba-

HIE «NPOUeCccun2z», WA co3pesanue. (R m—
Bo Bpems mporieccrHra IpouCcXonuT S DPHK 53U LpPHK

paspbIB NPEANIECTBECHHNKA Ha TPU  pyc, 8.5. MpoueccuHr 455 PHK: 1-5 — mecTa nocnefo-
¢dbparmMeHTa ¥ KpoMe TOrO HaOMIOfJa-  BaTeNbHOMO PACLenseHns NpeaWecTBeHHIKa pubocom-

eTcs 3HaumMTenbHas Aerpamaryms PHK  Hbix PHK

5’| —
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(oxomo 50%, T.e. 6000 HykmeoTnsoB) (puc. 8.5). KpoMe aTMX HaHHBIX OBIIO BBIYMCIIEHO,
uTo Monekyna 5S PHK cunresupyercs HesaBucumo ot 458 PHK n mokanmsanmya rena 5S
pPHK He cBs3aHa ¢ AAPHIIIKOBbIM OPraHN3aTOPOM.

[ToyTn OZHOBPEMEHHO C IIOTyYeHNeM STUX OuoxyuMudeckux paHHpix O. Muiepy
(1969) ymanoch ¢ HOMOIIBIO 9TIEKTPOHHOTO MUKPOCKOIIA YBUJIeTb paboTatomiye prubo-
COMHBI€E TeHbl. [I1 3TOro mof CB€TOBBIM MUKPOCKOIIOM BBIJIE/IANNCH HE CBsI3aHHBIE C
XpoMOcoMaMy aMIUIMGUIVPOBAHHBIE AAPBINIKY U3 OOLMTOB INMOPLEBBIX JIATYIIEK.
OTU AAPBHIIKY MOABEPralliCh Pa3pbIX/IEHNIO B PacTBOpPaX C HM3KOI MOHHOI CUJION U
MOMEIIAa/INCh Ha CEeTOUKM /I 3/eKTPOHHOIM MUKpocKomuu. Ilocie oTTeHeHnsa meTasn-
JIOM IIpelaparhl M3y4asiu B IPOCBEYMBAOIIEM 3/IeKTPOHHOM MUKPOCKOIIE.

Ha TakoM npemnapate ObUIV BUIHBI CI0>KHO M30THYTBIE U IIepeITyTaHHbIe JUIHHBIE OCe-
Bble MojteKy/ibl [JHK, Ha KOTOPBIX Yepe3 paBHbIE IIPOMEXXYTKM PacIionaraaich Guopnmip-
HbIe 30HBI, UMEIOIIe BUJT «e/Touek». [[mmHa (bparMeHTa ITHK, 3aHATOro TaKOi «€JTOYKOI»
ObITa IIOCTOSTHHOIL ¥ PaBHSIIach OKOMIO 5 MKM (puc. 8.6). Ha aToMm oTpeske pacrnonaranoch
0K0710 100 IMIOTHBIX TPaHYII BEIMYMHON OKO/IO 20 HM, OT KaXK/I0M 13 KOTOPBIX OTXON/IA B
CTOPOHY TOHKasl M30THYTasl HUTb. Be/mrdyHa Takoil HUTU OblIa MYHVIMA/IBHON Ha OffHOM
KOHII€ TaKOTO OTpe3Ka M MaKCMMaJIbHOM Ha APYroM. OTU U3BUTHIE JIaTe€pabHble HUTU U
00pa3oBbIBaI  CTPYKTYpy THUIIA
«eJIOYKM». DBIIO [O0Ka3aHO, dYTO
KpYyTHble TpaHynbl Ha Hutu JTHK
HPENCTAB/IAIT CO00  MOJIEKYJIbI
PHK-nomumepassl I, oTBeTcTBeH-
Hout 3a cunre3 pPHK, a 60okoBbie
M30THYTble HUTU — TPAHCKPUIITBHI,
COCTOsIINE U3 CUHTE3VMPYEMbIX MO-
nexyn PHK. CaMble gyiHHBIE TPaHC-
KpUIITbI HaXOOWINCb Ha OIHOM
KOHIIE «eJIOUKI», COOTBETCTBOBA/IN
45S npemumectseHHNKy pPHK. Cre-

moBarenbHO, cuHTe3 pPHK Haum-
Puc. 8.6. PubocomHble TPaHCKPUNTbI B BblA€NEHHbIX amnin- HaJICA Ha KOHIEe OTpe3Ka C KOpOT-
druympoBaHHbIX AApPbILWKaX, B npenapate no O. Munnepy:

1 — TpaHCKpUOMpPYeMblid y4acToK (p-reH); 2 — cneiicepbl

KM OOKOBBIMY HUTSIMU U 3aKaH-
YMBAJICS HA YYacTKe C JIMHHBIMU
nHutsamu PHK. Takoit yuacrok JHK,
Ha KOTOPOM ObUIV BUJTHBI MOJIEKYIIBI
pPHK B mpouecce ux ymmmaenus,
HOJTY4I/1 Ha3BaHNe MPAHCKPUnuu-
onHoil eounuypt (puc. 8.7). Mexnay
TPAaHCKPUIIVIOHHBIMY eAVHNLIAMIU
pacnonmaramck ydactku JHK, mm-
menHble rpany1 PHK-onmmepasbt

I v TpaHCKpUNITOB. DTO — 30HBI T.H.
1 — OHK p-reHa; 2 — PHK-nonnmepasa; 3 — HauanbHble TpaHC- .
KpUNTbl; 4 — KOHeYHble TpaHcKpunTbl (455 PHK); 5 — Hykneocombi cheucepos, KOTOPhIC He TPAHCKPU-
cnelicepa 6upyroTCs, 11, 6071ee TOro, Ha TaKMX

Puc. 8.7. CtpoeHue TpaHCpUNLUMOHHON eanHnLbl pPHK:
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IIpeTapaTax OHY VIMEIOT HYKJIEOCOMHOE CTPOEHMeE, TOTfd KaK TPAHCKPUIIIVIOHHBIE efiyi-
HUIIBI CBOOOIHBI OT HyKIeocoM. [lmmHa 60koBbIX pubpwLt 6bu1a B 5-10 pas kopoue, 4eM
45S PHK, us-3a toro, uto sta HoBocuHTte3uposanHas PHK cBssana ¢ 6enkamu, o6pasys pu-
OOHYK/IeONIPOTENIHBII TSDK, IIPELIECTBEHHIK PUOOCOM.

B cocTaB TpaHCKpUIIVOHHOI eAVHNIIBI BXOAUT BECh I'eH 3a VICK/II0YeHIeM CIIeliICepPHOTO
y4acTka. Takas cTpykTypa pubOCOMHOTO TeHa IIPAKTUYeCKV OAVHAKOBA [/IS1 BCeX 9yKapuo-
TUYECKMX OPraHM3MOB. Baprabe/bHbl Kak HeTPaHCKpUOupyeMble (CrieiicepHble) YIacTKI,
TaK U TPAaHCKPMOMpYyeMble BCTaBKY, KOTOPbIE He BXOJAT B cocTas 3penbix pPHK.

WUtak, Tpu ocuoBHble MoyneKynbl pPHK cuHTe3supyroTcs Ha OfHONM TpPaHCKPUIILIVOH-
Hot eguHMLe. YTo ke Kacaetca Monekynsl 5S pPHK, To oHa K 3TOMy TeHy HMKaKOro oT-
HoeHus He uMeet: 5S pPHK cunTesupyercs Ha oTe/IbHbIX IreHaX, TOKaI/M30BaHHbIX He
B 30HAX SPBIIIKOBBIX OPTAaHN3ATOPOB, I’Ke HA COBCEM JMHBIX XPOMOCOMAX IIPY y4acTUu
PHK-nomumepassr III. Tak, y 4enoBeka ocHoBHasA Macca reHos 5S pPHK naxonmtcs Ha
I xpoMocome, Goree Menkue Kmactepel — Ha 9 u 16 xpomocomax. Iennr 55 pPHK, Toxe
MHO>KeCTBEHHBIE, TAK)Ke COOPaHBI B KJIACTEPBI, HO VX YVIC/IO BBIIIE, YeM Y OCTA/IbHBIX Te-
HoB pPHK. Tak, y 4enoseka ux HacumtbiBaetcs 1o 2000. Tpanckpunuusa pPHK upet ¢ mo-
Moubio 1ByX (epmenTos: PHK-nommmepassr I, koTopast yuacTByer B cuHTese 45S mpep-
mectBenHrka pPHK (npe-pPHK) u PHK-nomimepasst 111, oTBeTcTBeHHOIT 3a cuHTe3 55
pPHK. Marpuueit ayist cunreza pPHK mo onpenenennio fo/mkHa 6b1Th sapsiiikosast [JJHK.

[TepBuyHble TPaHCKPUNTHI (MOP(OIOrNYecKy NMpeACTaBIeHbl B B/ TaTepaIbHbIX
¢1UIaMEeHTOB Ha «e/I0YKaX», 00Pa3yoMMXCs Ha AKTUBHBIX TPAHCKPUIILIVIOHHBIX €VHNU-
I1aX) IIPOrPeCcCUBHO YBEIMYMBAIOTCA B [IMHY 110 Mepe mpoxokaeHnsa PHK-momumepasst
I Bonb Bcero TpaHCKPUIILIMOHHOTO yYacTKa I'eHa, HauMHasA ¢ TOYKYM Hayasla permKa-
MU 10 TEPMMHAIBbHOTO yyacTKa. CkopocTb pocta nenu npe-pPHK cocrasiser okono
20-30 HyK1eOTUROB/C, T.e. Bech cuHTe3 455 pPHK 3anumaer oxono 5-10 MuH.

Ha xa>x1oii TpaHCKPUIILMIOHHO efVIHNIIe pacIionaraeTcss MHoXxecTBo (50-100) mo-
nexkyn PHK-nonmmepasst I, TeM caMbIM Ha KaX/JOM T'eHe OGJHOBPEMEHHO IIPOMCXOIUT
CUHTe3 MHOXecTBa Monekyn npe-pPHK, koTopble HaXo#ATCA Ha pa3HbIX CTAfVAX POCTa
HONMVHYKIeOTUHOM Ieny. MakcumasbHoit Bennanubl npe-pPHK gocturaer B6mmsu
TePMMHA/IBHOTO Y4YaCcTKa, Ijie ee MOJIEKY/LAPHBIT Bec focturaet 4,5 - 10° I (ms miexo-
NUTAIOLINX), a I/INHA JO/DKHA COOTBETCTBOBATH 5,2 MKM. Ha camoM e fiere ainHa j1a-
TepaJbHOrO TPaHCKpUITa B 5-10 pa3 Kopoue 9TOJ BeIMYNHBL. DTO CBA3aHO C T€M, UTO
II0 Mepe POCTa TPAHCKPUIITA OH CBA3BIBAETCS Cpasy ke ¢ OeKkamu, 06pasys B KOHed-
HOM y4acTKe TPaHCKPUIIIVN PUOOHYKICONPOTeN T ¢ KO3QPUIMEHTOM CefVIMeHTaL N
80S. Taxue 80S pPHII cocrapmsior 1o 20% ot Bcex PHII sigpeiiika. bonpiias yactp 6e-
KOB, KoTopble cBsi3biBatoTcs ¢ 455 PHK, sBistrorcs 6enkamy, BXOIAIIMMHI B COCTaB Ma-
7107t ¥ 607BIIOI CyOBenHuI 3penbix pubocoM. Takum 06pasoM, y>ke Ha ypOBHe He-
3peroit ruraHTcKoit Moekybl npe-pPHK nponcxoant cnenmdnyueckoe cBA3bIBaHMe C
prbocoMHbIMI Oerkami: 0kos1o 50% 6enkoB 00/bIION CyObegMHNLIBI ¥ 0K0JI0 30% Ma-
7101t CyObenMHNLIbI CBA3bIBaIOTCA ¢ mpe-pPHK Bo BpeMs ee cuHTe3a miu BCKope mocre
Hero. Takas cBsasp 455 PHK ¢ Genkamy 1 IPUBOJUT K TOMY, YTO JaTepajibHble TPAHC-
KPUIITBI IMEIOT TOMIIMHY OK0/Io 10 HM (II0C/Ie OTTeCHEHMs MeTa/l/IaMu), Ha UX CBOOOJI-
HOM KOHIIe 4acTo Hab/ofjaeTcss KpymnHas rpanyna (30 HM), 4TO MOXKeT yKa3bIBaTh Ha
BBICOKYIO cTenieHb kommakrusanuu PHK u 6enka Ha 5’-xonre e PHK.
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Pacmag 45S PHK na 6o0ree kopoTkue orpesky, spineHue cospesanns pPHK mmm
npoueccune, IPOUCXOAUT NOCTe 3aBeplleHNs TpaHCKpunuyy. OepMeHTaTBHBIN Me-
XaHM3M 3TOrO SIBJIEHNA ellie O KOHLIA He sICeH, B HeM IIPMHMMAeT y4acTue SH/0- 1 3K-
30HyK1eassl. [Ipy aToM IpoMUCXOANUT MOcIefoBaTenbHOe paciiernnenne npe-pPHK Ha
¢dparmenTsl 1 yacTnyHasA gerpagaunsa ydactkoB PHK Ha atux gparmenrax. B pesynb-
taTe npoueccunra npe-pPHK npumepro 50% HyK1eoTHOB IepBUYHO CUHTE3MPOBAH-
HOII MOTIeKy/Ibl oTmieriAeTcsa (Mor. Macca 455 PHK cocrasnser 4,6 - 10° [Ia, a cymmap-
HbIII MOTL. Bec 3penbix pPHK — okorno 2,2 - 10°) Da.

TaxuM 06pa3oM, B AApBILIKE JIOKATNU3YIOTCA CIEAYIOLIe OCHOBHBIE IPe/IIeCTBEH-
HUKM pubocom:

1. Tpauckpunts pPHK B nmpormecce ux pocra;

2. 80S PHII, comepxxamue 45S PHK, oun Moryt coctaBnath fo 10-20% Bcex PHII
SPBIILKA;

3. 55SPHII, npepmecTBeHHUKY O O/IBIION CYOBeAMHNIIBI, MOTY T COCTAB/IATH 10 70-80%
Bcex PHII sapeiiika; BpeMsi Co3peBaHus 000N prOOCOMHO CyObefVMHNIIBI 3a-
HUMaeT OKoJo 1 4;

4. Hespenble manblie (40S PHII) cy6benuunmsl pubocom, 6bicTpo (3a 15-30 MuH) 1mo-
KMJQAOIIVE ALPbIIIKO.

B MHTEHCMBHO (QYHKLUMOHMPYOIVX AAPBIIKAX IPOMCXOAUT CUHTE3 OrPOMHOTO
ypcma pubocom: 1500-3000 mTyk B MuHYyTY. IIo3TOMYy B AApBIIIKE HACUMTBIBAETCA
0Ko0710 5 - 10* peiiecCTBEHHNKOB PrOOCOM.

6. YnbTpacTpyKTypa ApbillKa

O TOHKOM CTPOEHWM ANPBILIKA CBeeHNA ObUIN ITOTy4eHbl IIABHBIM 00pa3oM MeTo-
JIOM 37IEKTPOHHON MUKpockonuy. CBeTOBast MUKPOCKOINS /faBaia OrpaHNYeHHbI Ha-
60p CBefleHNIT 0 CTPYKTYpe AAPbIIIKA M3-3a IX MajIoro pasmepa (1-5 MKM) 1 HelocTaTod-
HOJT pa3peluaolert CHocOOHOCTI TaHHOTO MeTOfA. [MCTOXVMIYECKN B SAPBILIKAX BbLAB-
nsanack PHK, no ne JHK. [THK B sapsIIkax BbISAB/SA/IACH INIIb B epudepryecKoil nx
30HE B BU/JIE T.H. 0KOZIOA0PbIUKOB020 XPOMAMUHA, KOTOPBII MOT IPUJIeKATh K OffHOI 13
CTOPOH SIPBIIIKA, OKPY)KaTb €r0 KO/IbIIOM MU BOOOIIe OTCYTCTBOBaTh. CUNTA/IOCh, YTO
OKOJIOSIZIPBIIIKOBBIV XPOMATH IIPEfiCTAaB/IAeT COOOI reTepOoXpOoMaTIHOBbIE 30HbL Kpome
TOTO, ObITO HAJIJIEHO, YTO AMPBIIIKY IMEIOT HEKOTOPOe CPOACTBO K COLAM cepebpa, 06a-
[AIOT apreHTo(uINel, MOTyT BOCCTAaHAB/IMBATDh CepeOpO M3 Pas3INYHBIX PaCTBOPOB (HU-
Tpar cepebpa, «xaMMuadHoe cepeOpo», IPOTeNHaThI cepebpa). IIpu 3TOM IpoUCXOmuT OT-
JIO)KeHVe TEMHBIX 0CaJIKOB MCK/TIOUNTEIbHO B SAMPBIIIKAX MHTEP(PA3HBIX KJIETOK, & TAKXKE
B SAPBILIKOBBIX OPraHNM3aTOPax HA MUTOTUYECKIX XPOMOCOMAX IIPY JIe/IeHNI KIIETKIA.

ITepBble 97eKTPOHHOMUKPOCKOIIYECKE PabOThl MOKA3a/ly, YTO SAPBIIIKM CaMbIX
Pa3IMYHBIX 06bEKTOB, HECMOTPS Ha pa3HO00pasiie, TOCTPOEHBI 13 OHAKOBBIX KOMIIO-
HEHTOB: IpaHy/sIpHOro 1 pubpumsipHoro (puc. 8.8). IIpyu aToM rpaHyIbl B COCTaBe SAPbI-
ek yMenu pasmepsl 15-20 HM. Kpome rpanyn B cocTaBe sipbliiieK 0OHAPY>KIUIN 30HBI
CKOITeHMs TOHKUX (3-5 HM) ¢pubpmmt — nuddysHasa yacTb Aapbimek. B3aumuoe pacro-
JI0KeHVe TPAaHy/IAPHBIX 1 GUOPV/ULAPHBIX 30H B AZIPBIIIKE MOXKET OBITh pasTnyHbIM. Tax,
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B HEKOTOPBIX CITY4asix, puOpM/IIAPHBII KOMIIO-
HEHT 3aHMMAaeT L{eHTPAJIbHYIO YacTh SAPBIIIKA
B BUJie OHOPOJHOTO 06pa3oBaHMsA NN B BUJE
HECKO/IbKIX (3-5) OTHeNbHBIX 30H (puc. 8.9).

O6bruno 2panynspuoui komnonenm (I'K)
pacronoxxeH Ha Imepudepun sApBIIIKA, HO
BCTPEYAIOTCS CTy4an, Korjga GpubpmuispHbIin
Yl TPAHY/IAPHBI KOMIIOHEHT pacIpefie/ieHbl B
SAPBINIKe paBHOMepHO. YacTo B CTPYKType
AppbIIeK (GpuOpPWUIAPHO-TPaHY/IAPHbIE KOM-
HOHEHTBl 00pPa3yloT HUTYATBle CTPYKTYPHL,
HyK71eonoHembl (APHILIKOBbIE HUTH), TOMIIN-
HoJ 0Komo 100-200 HM.

OTM HYKJICOTOHEMBl NP [IOCTATOYHOM
KOHTPACTMPOBAHUM MOTYT ObITh BUIHBI JjaXKe
B CBETOBOM MMKPOCKOIIE. SIAPbINIKOBbIE HUTH
VIV HYK/ICOJIOHEMBI TaK)Ke HEOJHOPOMIHBI 10
CBOEMY CTPOEHMIO: B HUX KpOMe TpaHy/ 15 HM
BXOIMUT MHOXECTBO TOHKUX (pubpwmsi, KoTo-
pble MOTyT 0Opa3oBBIBaTh B HYK/IEO/IOHEMAaX
OT/Ie/IbHbIE CTYILICHI.

HeopHopopHOT OKasamach CTPYKTypa U
mnddysHoro, GuOPMIIAPHOrO KOMIIOHEHTA.
Bbto HaiifileHo, YTO MPAKTUYeCKM BO BCeX
TUINAX AAPBILIEK KaK )XMBOTHBIX, TaK U pac-
TUTETbHBIX O0OBEKTOB BCTPEYAIOTCA T.H. (Pu-
6punnapuvie yenmpot (PLI), yuyactku ckorre-
HUA GuOPWII ¢ HU3KOI 9/IeKTPOHHON IIIOT-
HOCTBIO, OKPY>KeHHbIe 30HOI Gpubpuit 6onee
BBICOKOJ 9JIEKTPOHHON IUVIOTHOCTU — HJIO0M-
Hotil pubpunnsapuoiii komnonenm (IIPK).

B cocTaBe sppbliiiKa eCTh 6€IKOBBIIT OCTOB,
Mmarpukc. Ha ynprparoHkux cpesax Heobpabo-
TAHHBIX ANPBIIIEK MaTPMKC He BBIABIIACTCA B
BUJIe OTHEIBHOIO KOMIIOHEHTa, HO eC/u 3KC-
tparnposatb u3 agpeiek PHK, THK n 6enxu,
CBA3aHHBIE C HVMMU, TO MOXXHO BUJETb, YTO
ANPBIIIKO KaK TAKOBOE He pacIajaeTcs, He Te-
psier cBoeit o6bmieit popmer. ITocme Takux 06-
paboOTOK CTPYKTypa OCTaTOYHOTO SAPBILIKA
IpefiCTaB/IeHa phIxIoil prOPMIIIPHOIL CETHIO,
3aIIO/HAOLIEl 00'beM AAPHIIIKA.

TakuM 06pasoM, B CTPYKType sAApBIIIEK
MOXKHO Pas/IMuUTDb CIefyIoLye IATh KOMIIO-

Puc. 8.8. YnbTpacTpyKTypa ALpbIWIKa KNEeTOK
KynbTypbl CM3B:

a — Mmarnoe ysenuyeHue; 6 — 6Gonblioe ysennye-
Hue; 0 — spepHas obonouka; AK — AgpbIwKo;
K — rpaHynapHbiin kocnoHeHT; OL| — ¢pubpunnap-
HbI LeHTp; MOK — nnoTHbI GnbpUAnapHbIid Kom-
noHeHT (¢poto O.B. 3auenuHoir)

Puc. 8.9. CxeMa KOMMOHEHTOB AAPbILIKA:

1 — rpaHynApHbIi KOMMOHEHT (HyKneonoHema);
2 — dnbpunnspHble LEHTPbI; 3 — MAOTHbIA $unb-
PUANAPHBIN KOMMOHEHT; 4 — OKONOALPLILIKOBbIV
XPOMATWH
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HEHTOB: T'PaHY/IAPHBINA, GUOPWUIAPHbIE LIEHTPBI, IVIOTHBI (GUOPUUIAPHBI KOMIIO-
HEHT, XPOMAaTHH, OeIKOBBIII CeTYaThIil MATPUKC.

Kaxum sxe obpasom pacnpenenenst BuyTpu sapseiiek pJHK, pPHK n 6enku, rae
pacrionararorcsa Matpuisl it cuHtesa pPHK, rie mepBudHble TPaHCKPUIITHL, ITI€ IPef-
IIeCTBEHHMKM PrOOCOM, 3pesible prOOCOMBI — BCe 9T BOIPOCHI ObUIV PElLIeHBI C K-
MeHEeHJeM CaMbIX Pa3HOOOpPasHBIX MOJIEKY/IAPHO-OMOMOIMYeCKUX U LUTONTOTMYEeCKIX
METOJIOB.

Tak, Ipy KOPOTKOII ITy/IbCOBOJ MeTKE TPUTHPOBAHHBIM ypuanHoM (*H-ypuaus), nep-
BbIe CJIefIbl MeYeHVs OOHapy>XKMBa/IUCh CHavyasa (depe3 1-15 MuH) B III0OTHOM GUOpMII-
nsapaoM komnoHeHte (IIOK), a 3aTem (1o 30 MIH) MeUeHBIM OKa3bIBaJICS TPAHY/IAPHBII
koMmioHeHT (I'K). BayxHo oT™MeTnTb, yTO B Qubpmmsipusix neHTpax (PII) meTka He 06-
HapyxuBasack. VI3 aToro HabmoneHns ObUT cfienal BeIBOf, 4To 45S npe-pPHK cunre-
3upyeTcs B 06/1aCTy INIOTHOTO GUOPU/IIIPHOIO KOMIIOHEHTA, @ TPaHY/LAPHBII KOMIIO-
HEHT S/IPBIIIKA COOTBETCTBYET IPeprbOCOMHBIM yacTuiam (55S-, 40S PHIT).

OcraBajicsi OTKPBITHIM BOIIPOC O NPUpPOfie GUOPVIIAPHBIX LIEHTPOB, OKPY>KEHHBIX
mwrotHeiMu PHK-copepxamymy pubpwtamm. beimo o6Hapy»XeHO ¢ IMOMOIIBIO pas-
JINYHBIX METOOB (cIrennguyeckoe OKpaInBaHye ¢ IOMOLIbI0 ocMmil-aMnHa, [IHKassl,
MEYEHHOJ 30/I0TOM, CBA3bIBaHMEM MEYEHOIO aKTMHOMULIVHA, IIPSAMOI MOJIEKY/IAPHON
rnbpuausanuei ¢ MmedeHoi p/IHK), uto B cocTaBe GpuOpMIIAPHBIX IIeHTPOB HAXOAUTCS
IHK, orBercTBeHHas 3a cunTe3 pPHK. 30HBI GUOPUIIAPHBIX 1IEeHTPOB OT/INYAIOTCS OT
OCTAJIbHOTO XPOMATIHA Te€M, YTO COCTOAT 13 TOHKMX XPOMAaTHHOBBIX GUOPIILI, 3HAYM-
TeIbHO 00eJHEeHHbIX rucToHoM HI.

ITU UcCcnenoBaHMs MO3BOININ CBA-
3aTh APYT C APYrOM HaHHBIE MOJIEKY-
JIAPHOJ OpTaHM3aLMUM TPAHCKPUOUPY-
eMBIX pMOOCOMHBIX T€HOB C JJaHHBIMU
MOpPGOTOTNK  AIPBINIEK U BBISICHUTH
TOHO/IOTMIO B O0BeMe SfIpbINIKA IIPO-
necca cuntesa pudocomuoit PHK u 06-
pasoBaHusA pUOOCOM.

ITo omuoit 13 Momeneit, B Gpubpm-
JIAPHBIX IIEHTPaX PpacIONOXKEeHbl He-
aKTUBHBIE PUOOCOMHBIE T€HbI M, BO3-
MO>XKHO, CIlejicepHble y4acTKu. TpaHc-
kpunuusa npe-pPHK mpomcxoputr mo
nepudepunt GuOPUIILAPHBIX LEHTPOB,
Ifie IUIOTHBI (QUuOPWUIAPHBIL KOM-
IIOHEHT ¥ TpefcTaBasieT coboit 458
npe-pPHK, pacnonararommecsa B Busie
«e/lI0YeK» Ha JIeKOH/[EHCHUPOBAHHBIX

Puc. 8.10. TpexmepHas PEKOHCTPYKLWA AAPbILKA U yuactkax p[JHK (puc. 8.10). ITocrne 3a-
ofHoro ¢pubpunnapHoro ueHTpa. TpaHckpuntol pPHK Bepuienus Tpanckpumum 458 PHK

COOTBETCTBYIOT MNOTHOMY GUEPUANAPHOMY KOMMOHEH- )
Ty (NOK), pAHK, «cnelicepbi» 1 HeakTUBHbIE LNCTPoHbl  TEPAET CBA3b € TPAHCKPUIIIVOHHON

pacnonoxeHbl BHyTpY pnbpunnapHoro LeHTpa (OL) equaMIlern Ha [JHK B 30He 1mrorHOro
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GUOPUIIAPHOrO KOMIIOHEHTA, KaKVM-TO ellje HEIOHATHBIM 00pa3oM IepeXouT B Tpa-
HY/LIPHYIO 30HY, Ifie 1 mpoucxoput npoueccuur pPHK, o6pasoBanue u cospeBanme pu-
60COMHBIX CYOBEIVNHMNLL.

Crpoenne n xummdeckne xapakrepuctyuky OLI okazanmuch MpaKTUYECKV OfVHAKO-
BBIMI C TAKOBBIMM SIPBHINIKOBBIX OPTAHM3aTOPOB MUTOTUYECKUX XpoMocoM. U Te u
ApyTYe IIOCTPOEHBI 13 TECHO ACCOLUMPOBAHHBIX GMOPIIT, TOMIMHON 6-10 HM; U Te 1
Apyrue 006/1aJal0T XapaKTePHOI 0COOEHHOCTHI0 — OKPAIINBATHCS COMSIMU cepebpa, 4To
3aBUCUT OT HAJIM4MA OCOOBIX AMPBIMIKOBLIX 6€KoB, cofepxxar PHK-nmonmumepasy 1.

Onnaxo uncno ®I] B nHTepda3HBIX SAPBIMIKAX HE COOTBETCTBYET YMCITY SIAPBIIIKO-
BBIX OPIaHM3aTOPOB B MuTO3e. Tak B KeTkax KynbTypsl CII9B uncmo ®LI moxer ObITH
B 2—-4 pasa Bblllle, YeM YMCTIO SPBIIIKOBBIX OPraHn3aTopos (Tabm. 11).

Bornee Toro, konndectso ®II Bopactaer o Mepe yBeIMYeHNsI IVIOMFHOCTY KITeTKI
(G,, 4n) ¥ TPAaHCKPUIILIIOHHOI ee aKTUBHOCTI. IIpy 9TOM yMeHbIIIAeTCs BeMMYMHA KaXK-
JIOTO OTAEeNbHOro GubpwUIApHOro neHtpa. OnHako cyMmapHble 06beMbl DL npu me-
pecueTe Ha ralUIOUIHBII XPOMOCOMHBIN HAOOp OCTAIOTCSA MIOCTOSHHBIMY B MHTepdase,
HO IIPEBBIIIAIOT 3TO YNC/IO BABOE IO CpaBHEHMIO ¢ MeTadasoit. IpyriuMu cioBaMu mpu
axTuBanyu cunresa pPHK HabmonaeTcs Takoe n3Menenne ncina ®II u ux pasmepos,
KOTOpPO€ MOXeT TOBOPUTH O KaKoi-To ¢pparmeHTarum ncxogusix OII.

[IpoTMBOIONOXHAA KapTHHA HAOTIOfAeTCA IPY 3aTYXaHUM CUHTETHYECKMX IIpO-
1eccoB B AnddepeHIpyommxcsa KIeTKax 3pUTPOUIHOTO psAfa Mblueil (Tabm. 12).
[Ipu 9TOM BUJHO, YTO B Pa3MHOXKAIOIIMXCS 1 AaKTYBHO CHHTE3UPYIOLIX TeMOITIOONH
IPO3PUTPOOIACTAX KOMNIECTBO (PUOPWIISIPHBIX LIEHTPOB 3aBUCUT OT IUIOUEHOCTHU
kinetku (88 B G,-dase, 118 B G,-dase KIeTOYHOTO IVIK/IA), pasMep MHANBUAYATbHBIX
®II n3mensietcs Maso. [Tocie mpexpaieHNsi Pa3MHOXKEHVS STUX K/IETOK 1 Ma/ieHUY UX

Ta6nuua 11. Konnuectso agpbiwek (AK), dubpunnapHbix ueHTpos (OL) B Gy- 1 G,-neprogax u Bo Bpems
KNeTOUHOro LMKna

Nepnoa CpepiHee CpepHee 06wuit 06bem | 06w 06EM 065231’:::“0
uncno AK uncno OL AK, mkm® ouU, mkm® OLL, MKM®
Gy-nepuog 23 7 8,05 0,212 0,033
G,-nepuog 23 33,7 23,43 0,430 0,014
MwuTo3 - 6-8 - 0,2 0,025

Ta6nuua 12. Konnuectso GpubpunnapHbix LeHTpoB (OLI) 1 3HaueHns nx pa3mepoB Npu 3pnUTPonoI3e B ne-
YeHV 3apOAbILLEN MbILN

Cragua guddepeH- CpepHuii o6bem | CpepHee | CpegHui guamertp CymmapHbiii
LIPOBKI aapbiwek, MKm® | kon-so OL| ouU, mkm® o6bem OL, mkm®

Mpo3aputpobnact (2 ¢ AHK) 17,7 88 0,2 0,369
Mposputpobnact (4 ¢ AHK) 29,4 118 0,23 0,749
BazodunbHbIN 3pnTPO-

6nact (2 ¢ AHK) 45 8 0,35 0,170
MonuxpomatodubHblii

sputpobnact (2 ¢ AHK) 0,5 43 0,4 0,110
Hopmob6nacT (2 ¢ AHK) 0,102 2,7 042 0,102
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Puc. 8.11. Cxema aKTUBaLMV 1 MHAKTBALMM AOPbILIKOBOTO OpraHu3aTopa:

1 — Hauano akT1BaLMM — «efloyKn» NoABAAITCA No nepudepun ogHoro kpynHoro OL| (AOP — xpomocomsl); 2,3 — panb-
HelLwasn akT1BaLMA NPUBOAUT K 06pa3oBaH1I0 MHOXeCTBeHHbIX OL|; 4 — nonHas akTMBaLwMaA; 5 — nonHas MHaKTMBaLWA

CUHTETUYeCKO aKTMBHOCTY PEe3KO MEHSIOTCA IapaMeTphl AfpbimKa. VIx o6beM, yxe
Ha4MHas Co cTagum 6a30puaIbHOrO spuTpoOIACTa, YMEHbIIaeTcsi B 4-5 pas, a Ha KO-
HeyHoIt cTaguu nuddepeHupoBky (HopMobmacT) — B coTHIO pas. IIpu aToM pesko
mazaet yncno OIT (10-40 pa3) u Bo3pactaeT 06beM moutH B 10 pa3 BeNMINHBI OT/[eb-
HOTO pUOPWMIIAPHOTO LIeHTpA.

Vcxops u3 3TuX Hab/MIoIeHNIT, MOXKHO TaK IIPEACTaBUTD OOIYI0 CXeMY aKTUBALINU U
MHAKTUBAI[MU SPHIIIKA Ha IPUMEPE OHOTO SAPHIIIKOBOrO oprann3aropa (puc. 8.11).

B HeakTuBHON (popMe AAPBIMIKOBBINI OPraHM3aTOpP IPEACTABIeH B BUMIE OJHOTO
KPYNHOro GUOPWUIAPHOTO LIEHTPA, BK/IIOYAIONIETO B Ce0Os KOMIAKTHO YIOXXEHHYIO
qacTpb memy xpomocomuoit [THK, Hecyluell TaHZEMHO paclono)KeHHbIe prOOCOMHBIE
reHbl (TPaHCKPUIII[MOHHBIE eMHMIIbI). B Hawyase akTuMBanMM S/PbINIKA ITPOVCXORUT
[IeKOH/IEHCAIlVsI P-TeHOB Ha Iepudepyny TaKoro GuOpMUIAPHOrO LIeHTPa, STU P-TeHbI
HAYMHAIOT TPAHCKPUOMPOBAThCs, Ha Hux obpasyorcs PHII-TpaHCKpUIITHI, KOTOpPbIE
IpY CO3PEBAaHNM JIAI0T HA4ajIo MOSABJIEHMIO IPAHYN — IPEeJLIeCTBEHHUKOB prOOCOM
1o nepudepun aKTUBUPOBAHHOTO AApbIIIKa. [Io Mepe ycunteHNs TpaHCKPUIILINY e1-
HBIIl pUOPWUIAPHBIN LeHTp KakK Obl pacrajiaeTcs Ha psp 6omee Menknx GuOpmmIap-
HBIX LIEHTPOB, CBA3AHHBIX IPYT C [[PYTOM HOTHOCTBIO JeKOMIIAKTI30BAHHBIMY Y4acT-
kamy p/IHK. Uem Bbllile TPaHCKPUIIIMOHHAS AaKTVBHOCTD SIIPBIIIKA, TEM OOJIbIIIe YMCTIO
MEJIKIX, CBA3aHHBIX APYT C APYroM GUOPUIIAPHBIX I[EeHTPOB, OKPY>KEHHBIX IVIOTHBIM
¢ubprapusiM komnonenToM (I1PK), cogepsxamum 455 pPHK. IIpu monmHol! akTiBa-
LIV AJPBIIIKA BCe MeTIKIe GMOPI/ULAPHBIE LIEHTPbI AeKOHEHCUPYIOTCS; B 3TOM CTydae
30HBI IJIOTHOTO (GUOPWUIAPHOrO KOMIIOHeHTa coepxar Bcro pJHK, Haxopsmiytocs B
aKTMBHOM COCTOSIHVUM. Takas CTpyKTypa HaO/ofaeTcsl y aMIUIMPUIMPOBAHHbIX SA/[PbI-
IIeK PacTyIINX OOLUTOB. B c/ryyae MHAKTMBALUY AAPBIIIKA IIPOUCXOAUT HOCTEIIEHHA
koHpeHcays pIHK, cHoBa 06pasyiorcs pubpuispHble LeHTPBI, OHY 00 beUHAIOTCS
IPYT C APYTOM, BeIMYVMHA UX pacTeT apa/Ule/IbHO yMeHbleHno gonu [TOK.

[Ipu monHOM MHAKTMBALINY, KaK B ClTy4ae HOPMOO/IACTOB, AAPBIIIKO MIPEACTaBICHO
ofHuM KpynHbIM (4-5 MkM) chepudecknm PII, 6e3 cOMyTCTBYOI[ErO TPAHCKPUIILINAA
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[I®K: oHO OKPY>KE€HO 30HOI KOHIOEHCMPOBAaHHOT'O XpOMaTHMHa. Takoe VHaKTBMPOBaH-
HO€ ANPBIIIKO CXOTHO IO CBOMM CTPYKTYPHBIM 0COOEHHOCTSM C AAPBIIIKOBBIM Opra-
HM3aTOPOM B COCTaBE€ MUTOTNIECKNX XPOMOCOM.

7. CTpyKTYpHO-QYHKLMOHaNbHbIE TUMNbI AZPbILLEK

[IpuBeneHHbIe BbIIIIE ONVCAHNA JAIOT OCHOBY JyIs1 IOHMMAaHNUA pasHO00Opasus cTpoe-
HIA AOPBIIIEK B KJIeTKaX C COOTBETCTBYIOIUM ypoBHeM cuHTe3a pPHK. Ognako kpome
Pas3/INYHON CTeNeHN BBIPAKEHHOCTV TPAHY/IAPHOTO U PMOPIUIAPHBIX KOMIIOHEHTOB
CYILeCTBYIOT ¥ MHBIe BapMaHTbl CTPYKTYpPHON opraHusanuy sapsiiek. OObI4HO pas-
JINYAIOT HECKOJIBKO CTPYKTYPHBIX TUIIOB AMIPBINIEK: PETUKYIAPHBINA, UM HYK/IEOIO-
HEMHbI1, KOMIIAKTHBIN, KONbLEBUIHBIN, OCTATOYHBIN (ITOKOSIIMIICS), CErpernpoBaH-
Hbi (puc. 8.12).

PeTuKy/nspHbIl TUII AApBIIIKAa Hambo/ee XapakTepeH /i OONbUIMHCTBA KIIETOK,
IUISL HETO CBOJICTBEHHO HYK/IEOJIOHEMHOE CTpOeHMe, oOuaye rpaHyn u GuoOpumsap-
HOTO IVIOTHOTO MaTrepuasa. Bo MHOrux cny4asx ¢puOpwuiapHble IeHTPbI BBIAB/IAOTCS
IIJIOXO, BEPOATHO M3-3a BBICOKOTO YPOBHs TPAaHCKPUILIUY. DTOT TUIL AJPbIIIEK BCTpe-
YyaeTcs B K/IeTKaX )KMBOTHBIX I pacTeHUII.

KoMmakTHbII TUI AAPBIIIKA OTIMYAETCA OT MPefbIyLIer0 MeHbllell BbIpaXKeHHO-
CTBIO HYK/ICOIOHEMBI, OOJIbIIell YaCTOTON BCTPeYaeMOCTV (MOPVUIAPHBIX L[EHTPOB.
Taxue AQPBINIKY XapaKTEePHBI /I aKTVBHO Pa3MHOXKAIOIMXCS KIeTOK (KJIEeTKY OITyXO-
JIett, KJIeTKM KY/IbTYPBbI TKaHU U Jp.). BeposTHO, 4TO 002 9TV THIIAa MOTYT IepeXOfUTh
OPYT B JpYra, BO BCAKOM CJIy4ae, OHM Yallle BCETO BCTPEYAIOTCA B K/IETKaX C BBICOKUM
yposaeM cuHTe3a PHK n 6enxa.

Puc. 8.12. CTpyKTypHble TUMbl AAPbILLEK:
1 — peTuKynApHbIN; 2 — KOMNAKTHbIN; 3 — BaKYONAPHbIN; 4 — KOMbLEBUAHDIN; 5 — cerpervpoBaHHbIi



Yacme Il. CTPOEHWE Y XMMUWA KJIETOYHOIO A/PA

132

KorblieBUHbIE SAPBILIKY BCTPEYAOTCS B KJIETKAX )KMBOTHBIX. B cBeTOBOM MIMKpO-
CKOIIe OHV MMEIOT (OpMY KOJIbIIA C ONTUYECK! CBET/ION LIEHTPa/JIbHONM 30HON — 3TO
GubpMIIApHBLL LeHTp, okpy>keHHbIl PHII-¢ubpuitamu u rpanynamu. Pasmep aTux
ARPBIIIEK COCTAB/IAET OKONO 1 MKM. TUIINMYHBIE KO/bIIeBUIHBIE AAPBIIIKY XapaKTePHBI
ist MMMQOLITOB, SHJOTENMNOLUTOB, T.€. /IS KTIETOK C OTHOCUTENBHO HI3KUM YPOBHEM
TPAHCKPUIILIVIN.

OcrarouHble AAPBIIIKY XapaKTePHbI /I KIE€TOK IIOJTHOCTBIO IOTEPABIINX CIIOCO6-
HocTb K cuHTedy pPHK (HOpMOOmacTsl, nuddepeHipoBaHHble SHTEPOLUTDI, KIeTKI
IIMIIOBATOTO C/I0sI KOYKHOTO SIMTeNNs U fAp.). JacTo OHM HACTOIBKO Masbl ¥ TaK OKPY-
JKeHbI KOH/ICHCHPOBAaHHBIM XPOMATMHOM, 4YTO C TPYAOM OOHApPY)XMBAIOTCS B CBETOBOM
MMKPOCKOIIe. B psifie ciyuaeB OHM MOTYT CHOBA aKTMBMPOBATbCA U NIEPEXOANUTD B KOM-
IaKTHYIO WM PETUKYIAPHYIO GOPMY.

CerpernpoBaHHble SIAPBIIIKM XapaKTEPHBbI AJIs1 KIE€TOK, 00pabOTaHHBIX pasinmy-
HBIMJ aHTMOMOTMKAMMU WM XVMUYECKMMM BelleCTBaMM, BBI3bIBAIOLIVMMI IIpeKpaliie-
Hue cunteda pPHK (aktuHomuuyH JI, ampoTepuuyH u fp.), a TAaK)Ke aHTUOMOTUKAMY,
Brusifornmy Ha cuHTe3 [JHK 1 6enKkoB (MUTOMUIIVH, ITyPOMUIINH, MHOTYIE KaHIIEPO-
TeHbl U T.1.). TepMUH «cerperamys» UCIOMb3yeTCs B JAHHOM CIIydae B CBA3Y C TeM, YTO
HIPOMCXOANT KakK Obl pasfjeneHne, 060cobeHne pasHbIX KOMIIOHEHTOB SIZIPBIIIEK, CO-
IPOBOXK/JAIOIMeCs IPOrPECCUBHBIM YMeHbllIeHneM ero obbeMa. [Tpu aToM 060co61s-
I0TCs IPYT OT Jpyra KpynHble puOpuIsipHble LeHTPbI M TPaHy/IsIPHO-GuOpUIIsIpHbIIA
KOMIIOHEHT.

ITpu HeKpo3e B Ipollecce KapMoIM3NCa AAPBIIKA HaOYXaloT ¥ VICIE3aI0T.

8. benkn appbiwek

Ho 60% cyxoro Beca BbIJJe/IeHHBIX SAIPbINIEK IPUXOAUTCSA Ha OE/IKM, YMCTI0 KOTOPBIX
MO>KET COCTaB/IAITh HECKOIBKO COT PasHbIX BI0B. [IoM1MO 6e/IKOB accoLpOBaHHOTO
C AApBILIKaMM XPOMATMHA B COCTAaB SAPBIIIEK BXOAAT Oe/ky pubocom u crenydude-
CKJe SAZIPBIIIKOBbIE O€/IKM, CBA3aHHbIE C TPAHCKPUIIIVEN PUOOCOMHBIX I'€HOB, C IIPOLiec-
cunrom 45S pPHK, Takue kak PHK-monmmepasa I, pakTope! TpaHCKpUIILINHU, TOTIOU30-
Mepasbl, MeTIIa3bl, HyK/Ieasbl, IPOTENHKIHA3bI, PpocdaTaspl. HacTb AAPHIIIKOBBIX OeI-
KOB IIMeeT CPOJICTBO K cepebpy — apreHtodubHble 6enku: PHK-nonmnmepasa I, pakrop
tpanckpunuuuy UBE nykneonun (C-23), Hykineopo3muH (HploMaTpyH wiu B-23).

Aprenrodunms xapakTepHa Iy 6€/IKOB, 000TallleHHbIX CYIbQIUAPUIbHBIMIY, AVC-
ynbGuAHbIMY cBsI3sAMU. Kak yKe yKasbIBa/IOCh, Y€TKOI apreHTouImelt 06/1afaoT 1H-
TepQasHble ANPBILIKY Y 30HBI AMPHIIIKOBBIX OPIaHN3aTOPOB HA MUTOTUYECKIX XPOMO-
COMax.

CoOCTBEHHO SAPBILIKOBbIE O€/IKM PACHONIOXKEHDI B CIEeNUPUISCKIX MeCTaX UX aK-
tuBHOCTH. Tak PHK-no/mmepasa I u paxrop tpanckpunnun pPHK UBF pacnonara-
forcsa B GubpwiApHbIX enTpax (L) n/mmm B otHOM GUOPUIIAPHOM KOMIIOHEHTE
(TI®K) (puc. 8.13).

Ag-dunbHBIM ABJIAETCA TakKe 0eloK ¢ Mo/ BecoM 195 k/la, mpepcTaB/Aomuil co-
6011 6onpiyio cybnemyany PHK-nmommepasstl I, ygactsyromnyio B cuaTese pPHK. Otot
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6e/I0K JIOKa/MM3yeTcss B 30He (pMOPM/UIAPHBIX IieH-
TpPOB, 10 UX nepudepun. Ha m1ockocTHLIX Ipemapa-
Tax AApPBIIIEK apreHTouInel 00/MafalT YIacTKI
HaJl OCEBOJI YaCTBI0 «ElI0YeK», HEIOCPEeICTBEHHO

Hafi pacnonoxenueM rpanyn PHK-nonumepaser 1. II .

Kpome Toro, ¢ momomuipio MMMyHOMOpdOIOrnye-
cknx MeropoB PHK-nommmepasa I obnapysxusa-

€TCsl B 30HE AJIPBIIIKOBBIX OpPraHM3aTOPOB MIUTO-
TUYECKMX XPOMOCOM. ITO 0OCTOATEIBCTBO He IIPO-
TUBOPEUUT HAHHBIM O TOM, YTO BO BpeMs MUTO3a
TPAHCKPUIILMA TIOJTHOCTBIO IIpeKpaljaercs. Bepo-
ATHO, YTO BO BPEMs MUTO3a I'€Hbl, HaIPy>KeHHbIE He-
axtuBHO PHK-nonnmepasoit I, nepenocaArcsa Bme-
CTe C Helo B 00/1aCTY AAPBILIIKOBBIX OPraHM3aTOPOB
U3 OTHOV K/IETOYHOM T€HEPALII B IPYIYIO.

Croennduyecknit mys anpsiiiek 6enox puébpunmapun (B-36, m.B. 34 x/la) pacnona-
raerca B IIOK, rme on ocymectsider npoueccusr npe-pPHK B xommnnexce gpyrnmu
PHII, B cocras kotopsix Bxoaut U3 MsaPHK, Heo6xomymas [j1st Ha4aIbHOTO 3TaIa Ipo-
neccuura 458 pPHK. ®ubpunmapu 06Hapy>XMBaeTCsl Tak>Ke B OCTATOYHBIX SPBIII-
KaxX — B «S/IpBIIIKOBOM MaTPUKCE».

benok C23 (110 x/la) mm «HYK/I€ONMNH» IOKA/IN3yeTCA B 30He IVIOTHOTO (pubpuiap-
HOT'O KOMIIOHEHTa U B pUOPIIIAPHBIX LIeHTPax SAMPhIIIEK, HO TAK)XXe U B 30HaX ANPBILI-
KOBBIX OPTaHM3aTOPOB MUTOTMYECKUX XpoMocoM. CrreoBaTe/lbHO, OH OOHApy>KuBa-
eTcsl KaK Ha TPAaHCKPUOMPYeMBIX, TaK ¥ Ha HEaKTMBHBIX YYaCTKaX pPrOOCOMHBIX I'€HOB.
B mpemnaparax pacilacTaHHBIX SIZIPBILIEK OH OOHAPY>KMBAeTCs HaJ TPAaHCKPUIILIMOH-
HBIMM e[IHNI}AMU («e/I0UKaMM»), OH OOHApY>KeH BO PpaKIVAX, COflep>KalVX IIpefIe-
CTBeHHVKY pubocoM. OyHKIMM ero /10 KOHI]A He SICHBI, XOTsI CTaJI0 M3BECTHO, YTO Oe/I0K
C23 MOXXeT UTpaTh BXHYIO CTPYKTYPHYIO POJIb B IIpoOLiecce TPAHCKPUIILNIL: OH CBOUM
N-KOHIIOM, Ha KOTOPOM HaXOZATCs IM3MHOBbIE IPYIIIIDI, CBA3BIBAETCS C AJPHIIIKOBBIM
XpoMmatuHoM, a C-KOHIIOM C TPaHCKpUOMpyeMbIM creiicepoM (tsi) Ha 45S pPHK.

O6Hapy»xeHO, uTO 3TOT Oenmok cBaAsbBaercs He ¢ JHK TpanckpuniyonHoin enm-
Hunpl, a ¢ JHK, nmeromeit Hyk1eocoMHoe cTpoeHMe (BEpPOSATHO CO CIENICePHBIMU
y4acTKaMn).

Benok B-23 (aykneodosmus, M.B. 37 kJ]a) ¢ HOMOIbI0 MMMYHOLMTOXUMIYECKIX
MeTof0B JIoKa/m3oBaH B obnmactu [IOK u, rmaBHEIM 06pa3oM, B 30He TPAHYIAPHOTO
KoMIIoHeHTa. CumraeTcs, 4To B-23 y4yacTByeT B IPOMEXYTOYHBIX ¥ T€PMUHATbHBIX
cTagusx 6uoreHesa pubOCOM, 11 B TPAHCIIOPTE IIpe-prdOCOM.

Puc. 8.13. WmmyHodpnyopecueHTHOe
BblAIBNIEHME B AApPbILIKE creumdruyecknx
6enkos

9. 06wasn cxema pa6oTbl AAPbILIKA KaK CMeLManbHOro 1I0Kyca
CMHTEe3a pnbocom

ITpu cranosnennu cunresa pPHK B Appoimkax na nosepxnoctu @I npoucxoanut
aKTUBALMATPAHCKPUIILVIOHHBIX INHNL — CBA3BIBaHMeE C PaKTOPAMU TPAHCKPUIIIINI
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n PHK-nonumepasoit I, koTopas HauMHaeT CUMTBHIBATb NEPBUYHBIN TPAHCKPUIT
pPHK. ITo mepe npoxoxenns nepsoit PHK-nmonumepassr I, Ha ocBo6oxxgaromemcs
y4acTKe TPAaHCKPUIILMOHHON efAMHUIIbI capgutcs cnepyromas PHK-nmonumepasa u
HaunHaercA cuHTe3 HoBoli pPHK. OnHoBpeMeHHO U 1OC/Ie0BaTeIbHO HA OJJHOM
p-reHe MOTyT HaxoauTbcA Ko coTHu PHK-nonumepas I, oT KOTOPBIX OTXOAAT TpaHC-
KPMIITBI Pa3HOM CTeNeHM 3aBepUIEHHOCTU. KOHEYHBIM NPOJYKTOM SABIAETCA Ipe-
pPHK wnn 45S pPHK. ITo mepe cunresa pacryume nenu pPHK omesarorcs pu6o-
COMHBIMU Oe/IKaMy, NOCTYIAKIIVMHA B /[P0 U3 IUTOIUIa3Mbl, TaK YTO Cpasy obpa-
sytorca nenu PHII-npepmecTBeHHNKOB. COBOKYIIHOCTD IPOAYKTOB TPAaHCKPUIILIUK
HEeCKO/IBKVX TPaHCKPUIIMOHHBIX egHNI o6pasyeTt Bokpyr @I sony IIOK. Koneu-
HBIM IIPOJYKTOM TaKOTO CHMHTe3a ABJACTCA PUOOHYK/ICONPOTEUTHBIN TAXK, WIN I710-
Oya, MMerolasi KOHCTAHTY celuMeHTanuu okono 80S, cogepikaliasi OfHY MOTIEKYITy
45S pPHK. ITocne orpenenns 455 pPHK B TepMuHanbHO TOUKe TPaHCKPUNIIIIOHHOM
eIV HUIIBI IPOUCXOANUT paciienienne — npoueccur 458 pPHK, B koH1le KoTOpOTO
obpasyrorcs 40S u 60S pubocomHble cyobeqyHuIbl. CUHTE3 MajIbIX CyObeMHNUL] B
AJpBIIIKe 3aHMUMaeT IpuMepHO 30 MMH, a 60/1bUINX — OKo/Io 1 4. B Axpeinike He3pe-
nmasg 60S pubocomuas cy6beguHuia, kpome AByx ¢pparmenros pPHK (28S n 5,85),
CBA3BIBACTCA C TPeTbMM (5S), KOTOPBIN CHHTE3MPOBAJICSA HE3ABUCHMO OT XPOMOCOM
C S/IPBIIIKOBBIMM OPraHM3aTOpPaMM Ha IPYIUX XpoMocoMax. Takue HOBOOOpasoBaH-
Hble pOOCOMHBIE CYObeIMHNIIBI 0COOBIM 00Pa30M BBIXOAAT U3 Afpa B IIUTOIUIAZMY

Puc. 8.14. O6was cxema paboTbl
AQpbILLKa:

1 — Appo; 2 — obnacTb AApPbILWKa; 3 — nnas-
MaTnyeckas membpaHa Knetku; 4 — TpaHc-
KpUMUMOHHaA eguHuua; 5 — 80S PHII, co-
aepxalas 455 npe-pPHK; 6 — 6onbluas
pubocomHas cybbeanHuLa; 7 — manaa pu-
60comHan cybbeanHnLa; 8 — 55 pPHK, cuh-
Tesnpyemas BHe AApbILKa; 9 — nonHaa 805
pabortatowas pubocoma; 10 — nonnpubo-
coma.

[MyHKTVPHbIE CTPENKN — MOTOKN 6eNnKoB 13
umTonnasmbl K pPHK
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4epes silepHble MOPHI. B 1juTOnIa3me Takme He3pesble prOOCOMBI MOTYT CBSI3aThCS
¢ pomonHuUTenbHbIMK Oenkamu. 40S cybbenuHmma cHavana csasbiBaercsa ¢ nPHK,
¥ TOTBKO 3aTeM ¢ 6ombnoit 60S cybbenuumIelt, 06pasys monnyo 80S GpyHKIMOHN-
pytouiyio pubocomy (puc. 8.14).

10. AppbIwKo Bo Bpema Muto3a:
nepudeprnyecknin XpoMoCOMHbIII MaTepmnan

C moMouIbi0 CBeTOBOTO MUKPOCKOIIA ANPBHIIIKO BBIAB/IAETCA BO BpeMs MHTep(}a3bl,
B MUTOTMYECKMX KJIeTKaX OHO ucyesaeT. [Ipy ncronb3oBanuy LeirpadepHoii MUKpPO-
KMHOCBEMKJ MO>KHO HaO/II0JaTh B KMBBIX K/I€TKAaX KaK [0 Mepe KOHJEHC ALY XPOMO-
COM B MHTepdase AAPBIIKO ncyesaeT. CHavaIa OHO C/IeTKA YIUIOTHAETCS, HO 3aTeM KO
BpeMeHM paspbIBa sfIepHOIl 000/MIOUKM HAYMHAET OBICTPO TEPATH IVIOTHOCTb, CTAHO-
BUTCS PBIX/IBIM U Ha I7Ia3axX OBICTPO McYe3aeT, Kak Obl TaeT. [Ipu 3ToOM BUIHO, YTO YacThb
SPBILIKOBOIO MaTepuaja pacTeKkaeTcss MeXy Xpomocomamu. B metagase u anadase
AMPBIIIKY KaK TAKOBbIE OTCYTCTBYIOT. [lepBble MpU3HAKY HOBBIX A/[PBIIIEK HOABIIAIOTCS
HOCTIe CpefiHeit Tenodasbl, KOTfja y>Ke JOCTaTOYHO PaspbIX/IMINCh XPOMOCOMBI OYep-
HUX AJep, VIMEIIVe HOBYIO A/IePHYI0 0000uKy. B 9T0 Bpemsa BOMM3M [IeKOHIEHCH-
PYIOIIMXCS XPOMOCOM IOSIB/IAIOTCS IVIOTHBIE Te/Iblla — HpefbAApbIky. OOBIYHO UX
YIICIIO BBIIIE, YeM YIC/IO AfpbIlIKa B MHTepdase. IlosnHee yxe B G,-epuose K1eTod-
HOTO IJVIK/IA TIPENbAAPBILIKY PACTYT, HAUMHAIOT 00bEAMHATDCA APYT C PYTOM, UX 00-
Ijee YNCIO0 MaflaeT, HO CyMMapHBIil 06beM Bo3pacTaeT. OO1uit 00'beM AnphILIKa yABaN-
BaeTcs B S-G,-pasax. [Ipy koHeHC AN XPOMOCOM KPYIIHbIE ANPBIIKA PACIIAIAI0TCS
Ha 607lee MefKie, KOTOpble B MUTO3€ MCYe3al0T.

Ha camoM [iefie HMKAKOTO IOJTHOTO MCY€3HOBEHMs, UM «PACTBOPEHMA» AJPbIIIKA
HeT: IPOUCXOAUT VI3MEHEHNE €r0 CTPYKTYPBI, PeAYKLUA OFHOM 4acTV ero KOMIIOHEH-
TOB IIPY COXPAaHEHNM IPYTOIL.

Bo BpeM: MUTO32a 1CU€3HOBEHMIO IOABEPraeTcsl TOIbKO YaCTb A/IPBIILKOBOIO KOM-
IIOHEHTA, B TO BpeMs KaK apreHTO(MIIbHbI KOMIOHEHT COXPAHAETCH, HOCTOAHHO CY-
1IecTBYeT BO BpeMsA MUTO3a 1 IEPEHOCUTCA Ha XpPOMOCOMaX B loYepHIe Afpa.

PangmoaBTorpadmuecknmu 1ccnefoBaHNAMY OBUIO MIOKA3aHO, YTO JMICYE3HOBEHUE
ARPBILIEK COBIAZIaeT C IpeKpalleHyeM CHHTe3a KIIeTOYHOI (B OCHOBHOM pUOOCOMHOTT)
PHK, xoTopblit BO306HOB/IAETCA B IO3[HEN Tenodase, COBNafjas 0 BPeMEHM C IOSB-
JIeHVeM HOBBIX SATPBILIEK.

Kpowme Toro, 661710 06HapysKeHOo, uto akTuBHOCT, PHK-no/mimepasst I Taxxe ncue-
3aeT Ha CPeHMX CTaAMAX MUTO3a. DTO JaBa/Io OCHOBAHME CYNTATh, YTO HOBOOOpa3oBa-
HIe AfIpbIIIeK CBA3aHO ¢ BoccTaHOB/IeHNe cuHTe3a pPHK B modyepHUX KneTkax.

Ho ¢ mpyroit cTOpOHBI CYIecTBYIOT (aKThl, yKa3bIBalOI[Ve Ha IEPMaHEHTHOE, I10-
CTOSIHHOE IIPUCYTCTBME SAAPBIIIKOBbIX KOMIIOHEHTOB B TeUeHMe BCEr0 MUTOTUIECKOrO
VKA. 9TO OTHOCUTCA K Ag-PuIbHOMY MaTepuay AApbILIEK B IIEPBYIO OUepenib.

Ilnronory Hayama XX Beka 4acToO HAO/IIOfIa/Iy BO BpeMs MUTO3a [TOSIB/IEHNE KAKOTO-TO
HEXPOMAaTMHOBOTO MaTepHaja, OKPY>KAIOIIEero KaKAyl0 XPOMOCOMY. DTOT MaTepuarl,
WIN «MATPUKC» MUTOTUYECKUX XPOMOCOM, KAaK CUMTAIM, MOI MMETb SAJPBIIIKOBOE
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MIPOMCXOXK/IEHNE U €T0 POIb MOITIA 3a-
KII0YaTbCSl B TOM, YTO MOT OBITH MC-
TOYHVKOM HOBBIX ALPBIIIEK B FOYep-
HIX AJpPax II0CIE MUTO3a.

OJIeKTPOHHasA MMKPOCKOIMA IOKa-
3aj1a, YTO «MaTPUKC» — HEXPOMAaTMHO-
BbIJil KOMIIOHEHT MUTOTHYECKIX XPOMO-
COM, COCTOSAIINIT U3 CKOIIJIEHUS PBIXJIO
PacCIONIOXKeHHbIX (GUOPWIT M TpaHyI,
UMEIOIINX  PUOOHYKICONPOTEUIHYIO
IPUPOLY, MOP(HOIOTIYECKN CXOHBIX C
KOMIIOHEHTaMM, BXOJALIMMMI B COCTaB
UHTep(asHBIX AAPBIINIEK, BBLABIACTCI
B YC/IOBMAX KOHJEHCALMM MUTOTIYe-
CKUX XPOMOCOM KaK PaCTUTENIbHOTO,
TaK ¥ D>KMBOTHOTO IIPOMCXOX/IEHMA.
IIpy 3TOM HEKOTOpbIE KOMIIOHEHTBI
ANPBIIEK JVCCOIMMUPYIOT M YXOOAT B
myroriasmy (6onmpmas wacte PHII-
YacTHIL), B TO BpeMs KaK IpyTie TeCHO

. _ ; 3 : CBAI3bIBAIOTCSA C ITOBEPXHOCTBHIO XPOMO-
S T T e T COM, 00pasyst OCHOBY «MaTPUKCa» WIIN,
Puc. 8.15. Mepupepnyecknii XpOMOCOMHbIN MaTepy-  KAK 3TOT KOMIIOHEHT T€IIePb HAa3bIBAIOT,
an (IXM) 8 penAwMXcA KneTKax HAOCNEPMA MeHN-  ocHOBY MepuQepPUIECKOro XpOMOCOM-
bl 3.m. Horo marepmuana ([IXM) (puc. 8.15).
I10T PUOPUIISIPHO-TPAHY/ISPHBIIL Ma-
Tepuasl, CMHTe3MPOBAHHBIN 10 MUTO33,
MIEPEHOCUTCA XPOMOCOMaMU B Jlouep-
HIe KIeTKu. B paHHeit Tenodase eme B
orcyrcrBue cuHTesa PHK 1o Mepe fekoHmeHcanyuy XpoMocoM IPOUCXOAUT CTPYKTYp-
Hoe nepepacmpepnenenne komnoHeHToB [IXM. Ero ¢pubpumisapHble KOMIOHEHTBI HA4uM-
HAIOT COOMPATHCS B MEJIKVE aCCOLMAThl — IPENbAAPDILIKY, KOTOPbIe MOTYT CIMBAThCA
YT C PyTOM, COOMPAThCA B 30HE AMPBIIIKOBOTO OPraHI3aTOPa XPOMOCOM B ITO3/JHEII Te-
nodase, rae Bo3obHOBIsIeTCsA TpaHcKkpuniys pPHK.

IIpu ucnonb3oBaHMM MMMYHOLMTOXMMMUYECKUX METOMIOB BbIAB/IEHUA APBILIKO-
BBIX 0€IKOB ObIIO ITOKAa3aHO, YTO MUTOTHYECKME XPOMOCOMBI JIe/ICTBUTENBHO y4a-
CTBYIOT B IlepeHOCe B JOYepHME KIETKV 0e/IKOB AApBIIIeK, 6€lKOB SAIepPHOTO OCTOBA,
tak 1 pasmmyHbix PHII. Tak 6bI10 ycTaHOBIEHO, YTO ANPBIIIKOBbIE OE/IKM, YYaCTBYIO-
mue B Tpanckpununy pPHK (PHK-nonumepasa I, rononsomepasa I, pakrop nnumma-
nyy TpaHckpunnyy UBFu np.), akkyMynmpyroTcss B 30He A[[PHIIIKOBOTO OpraHM3a-
TOpa, B TO BpeMs Kak Oeku, cBsizaHHbIe ¢ mporeccuaroM npe=pPHK (pubpunnapus,
HYKJIeonuH, B-23), a Taxoke HekoTopas yactb npe-pPHK n manbie sppsimkossie PHIT
HEePeHOCATCA MOBEPXHOCTBIO XPOMOCOM B COCTaBe HMepuQeprieckoro XpOMOCOMHOTO
MaTepuara.

a — veTtadasa, Kaxgas xpomocoma okpyxeHa MXM; 6 — 1o
Xe, npy okpacke Ha PHIM no bephxappy (¢poTo B.B. Bypakosa);

T — XPOMOCOMBbI; 2 — NXM; 3 — MUKPOTPYOOUKN BepeTeHa
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Kpome Ttoro, B cocras IIXM
MOTYT BXOAWUTb HEKOTOpbIe He-
TUCTOHOBBIe O€nKM 13 COCTaBa
ANEPHOTo MHTEeP(A3HOTO OCTOBA.

CnenoBaTebHO MUTOTUYE-
CKJleé XPOMOCOMBI YYacTBYIOT He
TOJIbKO B UX ITTABHOI QPyHKIMM —
HepeHoc
puana B Busie JIHK — Ho, kpome
TOTO, YYaCTBYIOT B IlepeHoce Lie-
noro psiga 6enkoB u PHK B fno-
yepHue Knetku (puc. 8.16).

buonornmueckuit cmpicn 10-
apnenusa [IXM Ha noBepxHOCTHU
MUTOTUYECKIX XPOMOCOM MOXKET
3aK/II0YaTbCA B TOM, 4TO IIepeHO-
CUMBIe XpoMocoMaMM Oenky He
ABJIAITCA CIy4YallHbIMM  «Ilacca-
KUpaMm», a IPeICcTaBjsAnT COo-
6011 KOMIIIEKC 6€/IKOB pasHOro
IPOMCXOXK/ICHN: (PepMEeHThl U
(baKTOpbl  ANPHILIKOBOIl TpaHC-
Kpunuuy, npoueccura pPHK,
cOOpKU puOOCOM, He3perble mpefi-
IIeCTBEHHMKI prOOCOM I, KpOMe
TOTO, O€/IKY ALEPHOTO Y ANPHILI-
KOBOTO MAaTpMKCa, TAaKXKe COfep-
>Kamye Manble Anepuoie PHII n
BCe KOMIIOHEHTBI, CBS3aHHBIE C
obpa3oBaHNeM HepUOOCOMHBIX
PHK, ¢ ux cmnmajicuarom u Jp.
HOpyrumu cnosamy, IIXM mepe-
HOCHT B HOBBIE SI/[pa MHOTME Oerl-
KOBbI€ KOMIIOHEHTDBI 1 Q)CPMQHTI)I,
YTO CO3JAaeT yC/IOBUA, HEOOXOmu-
Mble 1A (POPCHMPOBAHHOTO BO3-
OOHOBJIEHMs CHHTE3a U CO3peBa-

TEHETUYECKOro mare-
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Puc. 8.16. Yyactne nepudepnyeckoro XpoOMOCOMHOMO Ma-
Tepuana (MXM) B nepeHoce XPOMOCOMaMM KOMMOHEHTOB
AAPBILIKA W ARePHOro 6e/KOBOro MaTpMKCa Ha pa3HbIX CTagu-
AX Pa3BUTUA:

| — nHTepdasa; Il — metadasa; Il — Tenodasa; IV — paHHas nHTepda-
33; T — KOMMOHEHTbI TPaHCKPUMLIMOHHOTO KoMnniekca cuHTe3a pPHK
(pAHK, PHK-nonumepasa |, akTopbl TpaHCKpUMLMK); 2 — KOMMOHEH-
Tbl npoueccuHra pPHK; 3 — npepguectBeHHNKN pubocom 1 6enkm mMa-
TpWKCa APbILLKA

AK — appbiwko; AOP — AAPbLIWKOBbIN OpPraHM3aTop XPOMOCOMbI;
OL — dpnbpunnapHbin LeHTp; NOK — nnoTHbIN GMOPUANAPHDBIA KOM-
noHeHT; K — rpaHynapHblil KOMNOHEHT AfpPbILKa; PC — pM6OCOMbI;
MXM — nepudepryeckuin XxpoMOCOMHbIN MaTepuan; Mak — nped-
AAPbILKY; XPT — XpomaTuH; Xpc — xpomocoma; M — nepudepnve-
CKue rpaHynbl; ABM — agepHbIn 6enkoBbli MaTpUKE; A0 — ApepHas
obonouka

HYIS Kak prbocoM, Tak 1 cuHTe3a HpopManonubix PHK. Murtornyeckas xpomocoma
IepeHOCUT B HOBOE SI/IPO He TOIbKO reHeTn4ecKyto nHpopmanuio B Buae JTHK xpoma-
TUHA, HO 11 HeOOXO[MMble KOMIIOHEHTbI CHTETUYECKOTO aIlllapara, TOTOBOTO K aKTH-
BallV¥ TPAHCKPUIILMY B HOBOM KJIETOYHOM LIMKjle. XpOMOCOMa IIPY KJIETOYHOM JIerie-
HJY «BCE CBOE HeceT ¢ coO0T» — KakK ITIACUT JIATMHCKAs IIOTOBOPKA.



naBa 9

Hepu6ocomHbie npoayKTbI
KNeTOYHOro afapa

1. TpaHckpunuua uHGopmavuoHHbix PHK

Vudopmarmonnsie PHK o6pasyrorcs npu yuactun PHK-nonnmepass 11, Haunnaro-
1Ieil CMHTEe3 CO CTApTOBOI TOYKM TPAHCKPUIIIIMOHHON eIVHNIIBI, X KOHYAs ero B TOUKe
trepMmuHanym. IIpu aTom o6pasyercs omgHa Monekyna PHK, tpanckpunt — mpepie-
crBeHHUK MH(popmanonnoit PHK. Pasmep TpaHCKPUIIIMOHHBIX eVHNI, PasHBIX Tre-
HOB MOYKET 3HaYMUTeNIbHO BapbupoBaTh 0T 6000 5o 200 000 nykneotumos. [TosTomy cym-
mapHas ¢ppaxuysa PHK, cuHTesnpoBaHHasA Ha pa3HBIX IeHaX, COIEP>KIUT MOJIEKY/IbI Pa3-
JMYHON NMHBL JTa IepBUYHO cuHTe3upoBaHHasa PHK wm T.H. rereporenHas sajepHas
PHK (rsPHK), BcTpedaeTcst TONBKO B siipe ¥ He 0OHApy)X1MBaeTCs B LIUTOIIa3Me. B -
TOIUIa3My nomnajaer yxe ndopmannonnas PHK, obpasyromascs B pesynbrare usMe-
HeHuil B Azpe nepBryHbIX TpaHckpuntos PHK (raPHK nmm npe-nPHK).

Benmununa rsPHK B Heckonbko pas 6osbliie TOit, KOoTopasi TpebyeTcs i CuHTe3a
Oe/KOB: I CHMHTe3a «CpefHero 6enka», cocrosAmero u3 400 aMMHOKNUCIOT, HEO0OXO-
numa marpryHas PHK B 1200 nyxneotunos. Benunns! nanpopmaunonneix PHK B co-
CTaBe CMHTE3MPYIOLIMX Oe/IOK MOINCOM B HECKOTbKO pa3 KOpode IepBUYHBIX TPaHC-
KPUIITOB. ITO YKOpOYEHUe ABJIAETCA pe3ynbraToM «cospesanus» raAPHK, npoueccunra,
HO MHOTO Xapakrepa, yeM mporueccuHr pubocomusix PHK. Crpykrypa rena sykapuo-
TOB OKa3a/Iach COCTOAIIEN U3 YePEeyIOIUXC MOCTe[OBATEIbHOCTEN HYKI€OTU OB, T.H.
9K30HOB I MHTPOHOB. Ik30Hbt — ydacTku [THK, koTopble 06/1ajal0T KOAMPYIOLeil NH-
dbopmanmeit n Bxopat B coctaB uHpopmaimonusix PHK, a unmponwt copepxar mo-
CJIeI0BATENbHOCTY, He BXopsAye B MH$opmanyonnyio PHK. [lepuyHbIil TpaHCKpUIT
PHK copep>XuT No/NHYyI0 KONUIO T€Ha, BK/II0YAeT BCe MOCEN0BATEIbHOCTY U 9K30HbI U
VHTPOHBI. VIHTPOHBI BIIOC/IEICTBUM BBIPE3AIOTCSA U3 IEPBUYHOTO TPAHCKPUIITA, KOHIIbI
xe ¢parmenToB PHK cimBaoTcs KOBaleHTHO, YTO NPMBOAUT K 00IIeMy yKOpadyBa-
HUI0 0Opa3oBaslIelics MoeKy/sl nHpopMmaunonHoit PHK.

OTOT Iporiecc MoNTy4Yn1I Ha3BaHue cnaaticunza. Tak Kak 60/IBIIMHCTBO T€HOB MJIe-
KOIUTAIOINX COREPXKUT OOJbliiee YIMCIO UHTPOHOB, YeM 9K30HOB, IPOLecC CIUIali-
cunra PHK npusoput k TOMYy, 4TO 04eHb jymHHBIe Monekynsl raPHK (mepBuunbix
TPAHCKPUIITOB, cofiepxKamux 6onee yeM 50000 HYK/I€OTHIOB) YKOPAuMBAIOTCA IO
mnuHbl nurorazmarndecknx MPHK (06braHo ot 500 10 3000 HYK/I€OTUIOB JINHOIL)
(puc. 9.1).

ITo mepe cunTe3a u pocra rsaPHK, oHa cBA3BIBaeTCA ¢ pAOM AEPHBIX 6€/IKOB, 00-
pasys raPHII-gacTuisl (reTeporeHHble AfepHbIe PUOOHYK/IEONPOTENHOBbIE YaCTUIIBI).
IIpu atom BbicokoMmonekynsapHasa rAPHK B sAppax cBsidpiBaeTcs ¢ INIOOYIApHBIMU
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0€/IKOBBIMM YaCTULIAMMU, UHPOPMO-
depamu. Ha xaxxnpiit nudopmadep
npuxopgutcs orpesok PHK mau-
HoIl okono 500-600 HYK/I€OTHIOB.
Taxoit xomiutekc nubopmodepa u
PHK o6pasyer moHOMep mmm 30S
gacTuy. B coctas kaxxgoro nuadop-
Modepa Bxomut 6omee 30 6eTKOBBIX
MoreKyn wuHpopMaTuHa. Takum
00pa3oM HepBUYHBIN TPAHCKPUIT
CTPYKTYPHOTO T€Ha, OTBEYAIOIero
3a 0OpasoBaHye NHPOPMALMOHHON
PHK, npencrasnser co00I1 IUranT-
ckyto monekyny rsaPHK, cBsasannymo
CO MHO>KECTBOM O€/IKOBBIX YacTMHI,

(ra) PHK:
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Puc. 9.1. Co3peBaHyie (CNaicuHr) reTeporeHHbIX AAEPHbIX

1 — matpuya [HK; 2 — raPHK-nepBuyYHbIf TpaHckpunt; 3 —
MPHK; 4 — MHTPOHbI; 5 — 3K30HbI; 6 — cnnancocoma

unpopmodep. Cunraercs, uyro ydactku raPHK, mexxay nanpopmodepammn, MOryT ObITH
UCIIONIb30BaHBI [UIsl CIUIAICMHTa C ITIOMOIBIO CIIeI[MaNTbHBIX OENTKOBBIX KOMIITIEKCOB —
craficocoM. B cocraB cruraiicocoM BXOOUT 5-7 MalbIX SJePHBIX PMOOHYKIEONPO-
tenmoB (snRNP). Itu ocobeie mansie simepubie PHIT (MssPHIT) mpemcTaBasoT coboit
PHIT-vyactunup (U1, U2, U5, U4, U6 snRNP) ¢ koHcTaHTOI cequMeHTaIum okono 108S.
B xaxxpoit gactuie cogepxutcsa ofgHa Manasa monekyna PHK (90-400 HykneoTnmos) u
OKOJIO ceMM MOJeKys 6enka. Tak 4To crurajiicocoma MpeicTaBsieT OO0 KPYIHBI pu-

60HyK}Ieonp0TeM)1HbU71 KOMIIJIEKC BEIMYMHOJ,
CPaBHUMOII ¢ pub60COMOIT (KOHCTaHTa CeIMeH-
Tarum oKoo 60S).

IIpu cuntese raPHK n mocne Hero cmait-
cocoMbl cBsA3bIBaioTcA ¢ 1enbio PHK B MmecTax
Ha TpaHuUIle MeXJIY 9K30HaMM U MHTPOHaMM,
crienpUUecKy ys3HaBasg STU MeCTa, IIPOU3-
BOJAT paspblB B OCHOBAaHMM IeT/IM MHTPOHa,
CHIMBAOT CBOOOmHBIE KOHIBI (puc.9.2). Ta-
KJM CIIOCOOOM Y4aCTKM MHTPOHHBIX IOC/IE0-
BaTeTbHOCTE BBIUTICHAIOTCA M3 COCTaBa Iep-
BUYHOTO TPAHCKPUIITA, a 3aTeM OBICTPO JeTpa-
IUPYIOT B sifpe. B pesynbrarte aToro mpouecca
AnuHa pesynbrupymomei monekynsl PHK mo-
JKeT YKOpadyMBaTbcAd B HECKOIbKO pa3. Ha-
npuMep, pasMep reHa 6enka TUPOIIOOyIMHA
BKao49aeT 300000 HYKI€OTUTOB, pasMep e
nPHK mna srtoro 6enka cocraBisieT BCEro
8,7 TBIC. HYK/JI€OTUJIOB 13-3a TOTO, YTO B CO-
CTaBe I'eHa BKJIIOYeHBbI 36 MHTPOHHBIX IOCIIe-
TOBaTeNbHOCTEN, T.e. NPOUCXOAUT yKOpOYe-
Hue monekyn PHK 6oree yem B 30 pas. Pasmep

Puc. 9.2. MocnepoBaTenbHoe BbipesaHue
VIHTPOHa 1 CraiicyHra 3K30HOB:

1 — WHTPOH; 2, 2' — 3K30HbI; 3 — obpa3oBaHue
cnnancocombl; 4 — 3penasn WPHK; 5 — Bbipe3aH-
HbI1 UHTPOH
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reHa KaTajasbl paBeH 34 T.ILH., a pasmep nPHK — 1,6 T.n.H. Benmunua oBanbbymn-
HOBOTO TeHa Yy NTUL COCTaB/AeT 7,5 T.IL.H., @ COOTBETCTBYIOIIAA 3TOMY TeHY 3peras
uPHK — Bcero 1,8 T.m.H. O6bruHo nPHK B 2,5-10 pa3 kopode mepBUYHOTO TPAHC-
kpunta, raPHK.

Cunraercs, 4to nocne cospesanusa nPHK, npu nepexope ee 13 Axpa B HUTOIIA3My
TepsieT Oenky, BXoslINe B coctaB nHopModepa, «repeosieBaeTcsi» B sepHOI mope,
a 6enku nHbOpMOdEpP OCTAOTCS B sAAPE.

B nuronnasme nPHK cHoBa opeBaloTcsi HOBbIMU Oenkamu, o0pasys «uHgopmo-
comovr» — popmy xpaHeHnsa MPHK B HeakTMBHOM cOCTOSHUY, MM CBA3BIBAIOTCA C Oel-
KaMM1, HeOOXOVIMBIMY I/I TPAHCIIALUIL.

2. Mopdonoruna PHIM-komnoHeHTOB B Afpe

Bes nndopmarus, nonydennas o mopdonorun tpanckpunros pPHK u nPHK, 06
nadopmModepax 1 CrIaitcocoMax IoaydeHa Ha U3YIeHNN BBIETIEHHBIX U3 sIfiep 9TUX
KOMIIOHEHTOB, [OfIBEPTHYTHIX ClleliMaIbHO 00paboTKe [y pacIIacThIBAaHMs MX HA
Ipernaparax s 3JIeKTPOHHON MuKpockonuy. Yo >xke kacaercss mopdonorny PHII-
IPORYKTOB in situ, B 06'beMe MHTAKTHBIX fAfiep, TO 3[ieCh MH(POPMAIVA HEIIO/IHAA U IIPO-
TUBOpPEYNBAsL.

Kpome xopolo BbIpa>keHHOTO AAPBILIKA, [PYTUe IPOAYKTHI SAePHOI aKTUBHOCTH
P M3YYEHUM KJIETOK Ha Y/IbTPATOHKVX Cpe3aX TPYAHO OTIMYUTD OT PA3INIHBIX (Y-
6pwun ([JHII, MaTpukc) 1 KakKux-To TpaHyII, Ka3ajaoch Obl 6e3 0coboro mopsaka pas-
OpocaHHBIX B sape. Bee e, CIOMb3Yst METOJ, M30MPAaTETIbHOTO KOHTPACTUPOBAHIS CO-
TSIMU ypaHa CTPYKTYp, copepkamux PHK, ygaerca BoigennTh pAs KOMIIOHEHTOB, KOTO-
pble MOXKHO OTHECTH K HEAJPBIIIKOBBIM
IPOAYKTAaM TPAaHCKPUILNU. DTO — Iie-
PUXPOMAaTNHOBbIe (GUOPWIILI, TIepu-
XPOMAaTIHOBBIE I'PAHY/IBl U MHTEPXPO-
MAaTVHOBBIE IpaHynbl (puc. 9.3, 9.4).

Iepuxpomamunosevie Pubpunot
o6HapyXmBalTcs 1o mnepudpepun
Y4aCTKOB KOHJICHCHPOBaHHOTO XpO-
MaTyHa (OKOTTOMeMOPaHHOTO VIV JIIO-
6oro spyroro). OHU MMEIOT TONIIVHY
OKOJI0 3-5 HM, 4acTo 00pasyloT pbIX-
JIyI0 HellpaBWIbHYI0 ceTb. OKas3anocs,
4TO STOT KOMIIOHEHT Afpa CUIbHO U3-
MEHSIEeTCsl IPYU CTUMY/ISILINUU CHHTe3a
PHK. Tax, nmpu Bo3pacTaHum CMHTE3a
PHK B kneTkax IedeHU KpbIC IIOCTIE
TOTONAHVISI U TIOCTIEAYIOI[ErO MUTAHS
VI TIOCTIe BBEleHNUsI KOPTHU30HA afipe-

Puc. 9.3. PHK-copepalume CTpyKTypbl B A4pe neveHun
KpblIcbl, oKpacka no bepHxapay (poto B.IO. Monsakosa):

[IXI' — nepuxpomatuHoBble rpaHysnbl; U — nHTepxpomatu-
HOBbIE rpaHynbl; A — ARPbILKKM HaJISKTOMVPOBaHHbIM JKMBOTHBIM
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30HBI IIEPUXPOMATHMHOBBIX (GUOPWUT 3HAYUTETBHO
YBeINYMBAIOTCA. DTU 30HBI OKa3a/Much Hambosee ak-
TUBHBIMU I10 BK/IIOYEHNIIO MEYEHBIX IPENIIECTBEHHN-
koB B PHK, uro 6b110 MoKasaHo papmoasTorpaduye-
CKI C IIOMOIIBIO 3TeKTPOHHOIO MMKpOCKoma. Takue
GUOPIIIBI MOTYT NIPEACTAB/IATh HOBOCHHTE3MPOBAH-
Hywo raPHK.

Hpyroit Tun PHK-copepxaimmx cTpykTyp MHTep-
¢dasHOro Apa —NepuXpOMaTHHOBbIE IpaHy/Ibl. OHN
VIMEIOT JyiaMeTP OKOJIO 45 HM M OKPY>KEHBI CBET/IBIM
OpeosIoM. DTU I'PaHY/Ibl BCTPEYAIOTCA TOJIbKO Ha IIe-
pudepnn KOH/IEHCMPOBAaHHOTO XpOMATuHA, B AnQ-
¢y3HOM xpomaryHe UX HeT. CIMTAETCS, YTO MEXAY
3TUMU TPaHY/IAMM U IEePUXPOMATMPOBAHHBIMU (M-
OpwITaMy CyIIecTBYeT CTPYKTypHas cCBA3b. Ilpu
OONBIINX YBETNYEHUAX BHYTPU TPaHYT MOXXHO BMU-
IIeTh TOHKIeE U3BNUThbIe (prOPM/IIBI 3~5 HM TOJIIVHOIL.
HexoTopble mccnenoBareny gearoT MPeAIoNoKeHne,
4TO TaKMe PUOOHYKIEONPOTeNIHbIE TIPAHY/Ibl MO-
TYT IPEeACTaBIATb COOO0I 3pesble KOMIUIEKCHI U3 He-
ckonpknx MH(popModep, PpUOOHYKIEONPOTENTHbIE
qacTUIBL, comepyKaiye nupopmanmonnyio PHK. Ogn-
HaKO 9TO IIpeIoIo)KeHNe HY)KjaeTcs B IIpOBepKe.

Unmepxpomamunosvie 2panynpt — tpetwit tmn pHan 0Bonouka; 2 — xpowa-
PHK-copepxamux cTpykTyp. OHM MMEIOT pasMeP  tu; 3 — appbilko; 4 — nepuxpomaty-
20-25 HM U IPYNIUPYIOTCA BCerfa B (JOpMe CKOITe-  HOBbIE rpaHynbl; 5 — nepuxpomariHo-
HUII MEXZY y4acTKaMy XpOMaTuHa. DT TPaHY/Ibl He E:: r¢M6pvmnbl; 6 — VHTEpXpOMATHHO-

paHy”nbl
CTaH/IAapTHBI IO BEIMYMHE U IepeleTeHbl TOHKIMUI
bubprmamn.

B nocnepnnee Bpemst 6butn monydensl antutena k MsaPHIL. Oxasanoce, 4to cpenn
HIUX eCTb U pa3/INyHble CI/IalicCOCOMBI, I'paHy/nbl pasmepoM 20-30 am. Ot MaPHII pac-
TIO/IaTa/IVCh B 30HAX CBOOOIHBIX OT KOH/IEHCPOBAHHOTO XpPOMATUHA U 110 CBOETI JIOKa-
MU3aLMV COBIAJANM C 30HAMM, IJie PACHO/Iarajaich CKOIJIEHWA MHTEPXPOMATMHOBBIX
rpany/1. OHU MOTYT IIPefCTaB/IATh CO00II CKOIIIEHVE CIIIAJiCOCOM, Y4aCTBYIOIUX B KO-
HeuHBIX cTafusax cozpeBanns rsaPHK (mpe-uPHK).

Kpome ckomnennit nnm Knactepos (speckles) MHTepXpOMAaTNHOBBIX TPaHYII B AApax
0OHAPY)KMBAIOTCS «3aKpydeHHBbIe Tenbla», nn Tenbia Kaxansa. OHu coepyxar creru-
buuecknit pia HUX 6€10K KOWINH, a TakKe GUOPUIIApUH, OOBIYHBIN SPBIIIKOBBIN
6emok. B coctas atux renern Bxopar taxxke MaPHII. Cunraercs, 4ro B Tenbrax Kaxansa
IIPOMCXOMIUT OKOHYATe/IbHOE co3peBaHye MaAPHIL

B takom ciydae BCio KapTuHy fuHaMuku cunresa rsiPHK mMoxHo mpepicTaButh cebe
crenyouyM o6pazoM. JJeKoHjeHCUpYyIolyecs Y9acTKM XpOMaTHHa (3yXpOMAaTHH) 110
nepudepnn KOHAEHCHPOBAHHBIX 30H XpPOMAaTHHA, cBA3bIBasACh ¢ PHK-mommmMepasoir
I, Tpanckpubupytor raPHK B Bupje Hava/lbHBIX HEPUXPOMATUPOBAHHBIX (GUOPWII,

Puc. 9.4. Cxema pacnonoxenus PHI-
NPoayKToB B WHTepdasHOM Afpe
KNEeTKV XUBOTHbIX:
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CBsI3bIBAIOIIUXCS € Oenkamu uHGOP-
Modep, KOTOpble 3aTeM IIOJBepra-
ACh CO3PEBAHNIO C YYaCTHeM CIUIANCO-
coM (MHTEepXpOMAaTMHOBbIE T'PAHYIIbI),
faroT Hayasno 3pensiM popmam nPHK-
KOMIUIEKCaM WIM IepUXPOMATIHO-
BBIM TpaHy/IaM. BeposATHO, He Bce 3pe-
nple ”PHK MoryT nepexoguth B KpyI-
Hble (45-60 HM) IepUXPOMATHHOBBIE
TPaHy/Ibl, a MOC/IeTHIE, BEPOATHO, Xa-
pakrepusl g1 PHK ¢ BbicokuM Morne-
KY/ISIPHBIM BECOM.

Beum cuemaHbl MOMBITKY M3YYUTD
MOPGOIOTNI0  TPAHCKPUIILINM HEpU-
6OCOMHBIX T€HOB Ha TOTAJIbHBIX IIIO-
CKOCTHBIX IIpemapartax. [Ins aToro us

Puc. 9.5. Mopdonorua TpaHCKpMbMpyoLWmxca yyacT-
KOB MHTepda3HOro xpomaTunHa: TOMOTEHATOB sfiep Ocaxpamu Qpak-

1 — VHTEHCUBHAA TPAHCKPUNUKS; 2 — cnabas TpaHCKpunums 1007800) ,uI/I(b(by3H0r0 XpOMaTnHa, obora-

L[EHHOTO BKJIIOUEHHBIMU MeYeHbIMU
npepuectBeHHNKaMy PHK. AKTUBHBIN XpOMaTUH Ha TaKUX Ipenaparax uMesn BUj, TU-
IIYHBIX HYK/IEOCOMHBIX (puOPI/II C pefKo CUAAIIMY OfMHOYHbIMY TpaHyntamu PHK-
HOIVIMEPashl, 0T KOTOPbIX oTXoxmmu Tpanckpuntsl PHK pasHoit jymHbl 1 KoHbUrypa-
1y (puc. 9.5). O6BIYHO 3TO OBIIV M30THYThIe PUOPIIIIBL, MHOTA MMeIoIIyie Ha CBOOO-
HOM KOHIe I/T00Y/IIpHble 06pa3oBaHus. Yalle Bcero pacCTOsIHIE MeX1y OfTHOYHBIMU
rpanynamu PHK-nomumepassr goxonuno 1o 0,1-0,3 MKM, TaK 4TO IPEACTaB/IANIOCH, YTO
C reHa TPaHCKPUOMPYeTCs MNIIb OFHA KOV, B OT/INYIE OT MHOXXeCTBEHHBIX KOIINIA, I10-
ny4yaembix ¢ reHoB pPHK. Ho oHako, B HEKOTOPBIX CTy4asix 00HaPY>KMBA/INCh y4aCTKI
XpOMAaTHHa C TeCHO pacnonoxeHHbiMy PHK-nonuMepasamy, oT KOTOPBIX OTXOAMIN B
CTOPOHY TPaHCKPUIITBI Pa3HOIL YIMHBL, 00pasys «elI0YKO»-IOfJ0OHbIE CTPYKTYPHI.

HenaBHo OBl mpenoxeH 6ojee HMPOTPeCCUBHBIN MOAXOH /ISl VICCIE[OBaHUSA
MOpP(}OIOrUY TPAHCKPUIILVY VHAMBUAYATbHBIX CTPYKTYPHBIX (KOAMPYIOINX IIO/N-
MenTUHbIE [[eNN) TeHOB. {1 3TOro ObIIM UCTIONb30BaHbl 0oUUTHI X. laevis, B ssgpax
KOTOPBIX C IIOMOIIbI0 MUKPOVHDBEKLMII MOXXHO BBOJUTD /NI00OBIE MOJIEKY/IbI, B TOM
yncne u JJHK. Ecnu e 1151 Takoro BBefieHN B3ATb KJIOHMPOBAHHbBIE T€HBI, TO IOTY-
Yas Ipenaparsl 10 Muiiepy, MO>KHO OOHapYXXUTb OTJe/bHbIE OT AAPBILIEK M XPO-
MocoM Monekynsl JTHK, xoTopble B ycOBMAX BBICOKON TPAaHCKPUIILIVIOHHON aKTVB-
HOCTU B SIJpax OOLMTOB, B CBOIO 04Yepe/lb BOBJIEKAIOTCA B MPOLLECC TPAHCKPUIILIUINL.
3To ¥ maeT BO3MOXXHOCTh HAOMIONATh 3a TPAHCKPUMIIMOHHON aKTUBHOCTHIO MHIN-
BJ/Iya7IbHOTO T€Ha.

Tak, B Afpa oounTOB OLUIM MHBELVPOBAHBI HEOObIINE IVIK/INIECKIIe MOJIEKYIbI
KJIOHPOBAHHBIX I'€HOB 0Ba/IbOyMuHa Kyp. OKa3anocs, 4To 80-90% MHBEVIPOBAHHOTO
MaTepuajia HeaKTUBHbBI. B 3TOM ciy4yae MHAVBUAYa/IbHbIE IIVIKINYECKIEe MOIEKYJIbI Ie-
HOB OBUIN CIUIOMIb IOKPBITHI HYKJIEOCOMaMM U He CORep Kalu TPAaHCKPUMIIVIOHHBIX
komiuiekcoB (PHK-nonmnmMepasa BMmecre ¢ 1jenoukoii cuntesuposannoi PHK).
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He6ornpbIas 4acTh MHbENMPOBAHHBIX T€HOB, OJHAKO, 00/Iajiaia TUMINYHBIMYU TPAHC-
KPUILMOHHBIMY KOoMIITIeKcaMit. Cpelyi TAKMX aKTMBYPOBAHHBIX T€HOB BCTPeYaeTcs, 10
KpaitHeil Mepe, Tpu MOpP(OIOTNYeCKX KIacca. B mepBom caydae 9T0 ObUIM LUPKYILAP-
HbIe MOJIEKY/IBI CO C1aboit TpaHckpummelt (3—10 TpPaHCKPUIITOB Ha 1 MKM JUIMHBI XPO-
MaTyHa), TPAHCKPUIITHI ObUIV PasHO JUIMHBL U He 00J1ajja/ii IMHEHBIM I'PaIieHTOM.
B gpyrom cinydae Habmofiany MHTEHCMBHO TPAHCKPUOMpPYeMble IVK/INYeCKIe YIacTKI
XpOMAaTWHA, HOKPBITbIE TPAHCKPUITLIMIOHHBIMY KOMIIJIEKCAMM 110 BCEI I/ITHE MOJIEKY/IBI
JHK (30-50 TpaHcKpunToB Ha 1 MKM XpoMaruHa). 3[jeCb TPAaHCKPUIITHI JOCTUTAIN
mHel go 1,2 mkm. PHK Ha MHTeHCMBHO TpaHCKpMOMpPYeMBbIX yYacTKaxX Bcerga Obia
PacIoNoXKeHa 1o IPajiieHTy AJIMHBL, 00pa3ys y4acTKM, HAIIOMUHAIOLINE «eJIOUKM» Ha
TPaHCKPUIIVIOHHBIX efivHnIax AnpbIKoBbix [JJHK. [TepBudHbI TPAHCKPUIIT C K/IOHU-
POBAHHOTO T€Ha OBa/JbOYMMHA KYP COEEPXMUT Y4ACTKU KOAMPYIOLIMX MOC/IeI0BATEIIb-
HOCTel! (9K30HbI) ¥ MHTPOHBL. Ha Imo00HbIX IpenapaTax B TECHOI aCCOLMAIVIN C HUT-
Y4aTBIMU TPAHCKPUITaMM OBIBAIOT BUJHBI TAKKe ITIOOY/IAPHBIE CIIAICOCOMBIL.

Takum o6pasoM, yaeTcst HAOIIOAATD 32 PabOTON TIOOBIX MHVBI/YaIbHBIX T€HOB.

Tennr Tpancioprabix PHK oTHOCATCA K yMepeHHO noBTopsonymcs (10-100) mocre-
TOBaTEIbHOCTAM B reHoMe. OHM TaK)Ke KaK P-T€Hbl, PaclloflaraloTcA TaHJeMHO. [In1nHa
pasubix TPHK kone6rercs ot 74 o 95 Hykeotuos (mpumMepHO 30 HM), YIO)KEHHBIX B
CNIOXHYI0 TpexMepHyio ¢urypy. Orpenbublit reH TPHK cocTont n3 AByX KpaiHMUX 9K-
30HOB I OTHOTO 1]eHTPa/JIbHOTO MHTPOHA. Bo BpeMsaA mpolieccHHra MHTPOH yhansaeTcs,
a /1Ba 9K30HA C IOMOIIBI0 (pepMEHTA TUTa3bl COAVHAIOTCSA B 3PETYI0 MOMIEKYITY.



naBsa 10

AinepHas obonouka

CrpyKTypa, orpaHM4MBaroIias mapaMeTp KJIeTOYHOTO SAPa, sifiepHast 060/104Ka, Xa-
paKTepHa JyIA 9yKaproTHuecKux KneTok. OHa paspenser fBa BHYTPUKIETOYHBIX KOM-
IAapTMEHTa IPYT OT ApyTra, IUTOIUIA3MY OT sfipa. 3HaueHVe TaKOTO pasfe/leHns CTPYK-
TYp B MPOCTPAHCTBE OYEHb BAXKHO: 9TO IPUBOAUT K 060COOIEHNIO MPOLIECCOB CHH-
Te3a 6e/iKa ¥ IIPOLIeCCOB CHHTE3a HYK/IEMHOBBIX KIIC/IOT, YTO CO3/jaeT JOIOTHIUTETbHBIE,
10 CPaBHEHMIO C IIPOKAPUOTAMY, BOSMOXKHOCTH /IS PETY/LALIMN TeHHO aKTUBHOCTH U
ee pea/M3alLuy B BUJie CMHTe3a CIelUpUIecKnx 0eIKoB. AKTYBHAA Pery/IAnNs TPaHC-
HopTa U3 LMTOIUIA3MBI B SIAPO M M3 sfpa B LMUTOIUIA3MY, Yepes CIiel[uaabHble KOM-
IUIEKCBI TIOP CO3JaeT CUCTEMY M30MpaTeNbHOTO TPAHCIOPTA BEIECTB, fieas sAepHYIo
000/I0YKY «TeHHBIMJ BOPOTaMU» CO CIIELMA/JIbHBIMU «IIPEBPATHUKAMI» (KOHTPOJIb-
HbIMU HYHKTaMI/I), peI‘Y}II/IpyIOH_U/IMI/I IIOTOKM AAEPHOTO MMIIOpPTAa M IKCIIOPTA. KPOMe
TOTO, KaK y>Ke OIICBIBAJIOCH, si/iepHasi 000/I04Ka UTPpaeT O0/IBIIYIO PO/Ib B OpraHM3aLNN
TpPeXMepHOII CTPYKTYpPbl NHTeP(HA3HOTO AAPa, STeMEHTHI SfIePHOIL 000TOUKI SABJISAIOTCS
YaCTBIO A/IEPHOTO OEIKOBOTO MaTPUKCA.

SnepHas 060/104YKa COCTOUT U3 IOBYX MeMOpaH, BHeIIHe U BHYTPEHHEI, MEX]Y KO-
TOPBIMY PAacCIlONaraeTcs nepunykneapuoe npocmpancmeo (puc. 10.1). BuyTpenuss
MeMOpaHa AepHOI 000TI0UKU CTPYKTYPHO CBsI3aHA C IAMuHOil — PUOPO3HBIM Iepu-
bepuyecknM coeM siepHOro 6eIKOBOro MaTpukca. B obiieM Buzie simepHas 060104ka

Puc. 10.1. Yuactok nepudepun
agpa:

] — BHelWHAs MembpaHa AfepHo
060104KM; 2 — NeprHyKNeapHoe Npo-
CTPAHCTBO; 3 — BHYTPEHHAA Membpa-
Ha AfepHON 06010UKN; 4 — AfepHble
nopbl; 5 — namuHbl; 6 — XpoMaTuH;
7 — MembpaHbl IUTOMNa3Mbl
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MO>KeT ObITh IpeICcTaB/IeHa KaK JBYXCIOMHBII MEIIOK, OT/Ie/SONINIT COePXKIMOe Spa
ot umrorasMel. OfHAKO sifjepHas 000/I0YKa MMeeT XapaKTepHYI 0COOeHHOCTh, OT-
JIMYAIOLYIO ee OT APYIMX ABYXMeMOpPaHHBIX CTPYKTYpP KICTKM (MUTOXOHAPUMU U IIIA-
CTUABI). DTO Ha/IN4Me 0COOBIX S/IePHBIX IOP, KOTOPbIe 00Pa3yI0TCs 3a C4eT MHOTOYIC-
JIEHHBIX 30H CIMSIHUA [IBYX SIIEPHBIX MeMOpPaH U MPEACTAB/IAIT CO00IT KaK ObI OKpYT-
7ble, CKBO3HBIe epdoparum Bceil sfiepHOiT 000T0UK.

1. KomnoHeHTbI AfepHOIl 060N104KN

Bhewnaa membpana a0epHoti 060104KU, HEIIOCPECTBEHHO KOHTAKTUPYIOLIAsA C
LIUTOIUIa3MOJT K/IETKM, IMEeT Psiji CTPYKTYPHBIX 0COOEHHOCTEI!, TI03BOSONINX OTHE-
CTHU ee K COOCTBEHHO MeMOpaHHO CHCTeMe SHIOIIa3MaTnIecKoro petukymyma (911P).
Tak, Ha BHelIHel! sA/iepHOIT MeMOpaHe 0ObIYHO pacIoaraeTcs 60bIIoe KOMN4eCTBO ph-
60coM, Kak 1 Ha MeMOpaHax apracTomnasmbl. CyliecTBYIOT MHOTOUMCIEHHbIe HAO/MIO-
JileHNs1 O HETIOCPENCTBEHHOM IIepeXOfie BHEIIHEN siiepHOil MeMOpaHbl B CUCTEMY KaHa-
JIOB 3HJIOIIA3MATHYECKOrO PeTUKYIYMa, YTO OCOOCHHO IONYePKIBALT CTPYKTYPHYIO
UJIEHTUYHOCTD 9TUX MeMOpaH.

Tak, y KIeToK, OeJHbIX SH/IOIIA3MAaTUYECKMM PETUKYITYMOM, BHEIIHAA fAflepHas
MeMOpaHa MOXXeT IPEACTaBIATh CO00Il «MMHUMAIbHBI» 00BEM SHAOIIa3MaTIde-
CKOTO PeTMKYIyMa, KOTOPbI/I MO>KET y4aCTBOBATb B CHHTe3€ OeIKOBOTO U IUINIHOTO
KOMIIOHEHTOB MeMOpaH. OnucaHbl c/Iy4an, KOIZia OT BHEIIIHelT AflepHOIl MeMOpaHBbI OT-
IEN/IAI0TCA MeMOpaHHbIE BAaKyO/IM, HAIPABJIAKIINECS B IPOKCYMAJIbHBI OT/EN all-
napara lTonmpmxn. CocTaB MUNNMAOB U O€IKOB BHELIHEl siiepHOJl MeMOpaHbI OYeHb
CXOX C TaKOBBIM PETUKY/IYyMa, 4TO, BO3MOXKHO, U OIpefenseT UxX obiue 61oxummde-
ckye QYHKIMY, 9YTO 0COOEHHO MOAYePKIBAETCS HAaMN4IMeM puOOCOM Ha IOBEPXHOCTH
MeMOpaH, 0OpallleHHOI B TMa/IOIIa3My. DTI pUOOCOMBI CHHTE3UPYIOT, KaK MeMOpaH-
Hble, TaK 1 CEKpeTpyeMble OeIKM, KOTOpble MOTYT TPAHCIOPTUPOBATHCS B IIEPUHY-
K/IeapHOe IIPOCTPAHCTBO, a OTTyAa — B nojoctu nuctepH SIIP. Hanpumep, npu ctu-
My/ALMY 06pa3oBaHMsA Y-ITIOOYIMHOB B IVIa3MOLMTAX HepBble IIPOAYKTBI KJI€TOUHOI
aKTUBHOCTY JIOKA/IM3YIOTCS B IEPUHYK/IEAPHOM IIPOCTPAHCTBE, a IIOTOM HAaYMHAKOT II0-
ABMATHCS B 1OOCTAX DIIP. Y 60/bIInHCTBA )KUBOTHBIX M PACTUTEIbHBIX K/IETOK BHEIII-
HsA MeMOpaHa sifiepHOIT 000JI0UKY He IpefiCTaBIIAeT OO0 IjjealbHO POBHYIO IIOBEPX-
HOCTb — OHa MO>KeT 00pa30BbIBATh PA3IMYHOI BETIVYVMHBI BBINIAYMBAHNA VM BBIPO-
CTBI B CTOPOHY IIMTOIIA3MBI.

Buympennss memOpana s0epnoii 060n0uxu pru6OCOM Ha CBOEN IMOBEPXHOCTH He
UMeeT, HO CBs3aHa ¢ GMOPO3HBIM ClI0eM — f0epHoti namunoii (Lamina nucleum limi-
tans), KOTOpasd, B CBOIO 04epellb, 3aAKOpeBaeT XpOMATHH Ha AfepHOIl o6onouke. CBA3b
XpOMaTyHa C BHYTPeHHell MeMOpPaHOil 000IOYKM AB/AETCA ee XapaKTepPHOI 0CoOeH-
HOCTBIO, XOTSI CYIIECTBYIOT IPUMepBI, KOTIa 9TV CBS3Y HAPYLIAIOTCS MIPU COXPAHEHUN
LIeTIOCTHOCTY sifiepHOI o6omouky. Hanpumep, B oorurax amdubmit Ha cTagum AUIIIO-
TEHbI BCe XPOMOCOMBI COOMPAIOTCSA B LIEHTPE sjpa U MOTHOCTBIO TEPAIOT CBA3D C sfiep-
HOI1 060/104K0I1. C APYTOt CTOPOHBI, P [ieTIeHNY KIETOK C T.H. 3aKPbITBIM TUIIOM MU-
TO3a 6OJIBIIIASA YACTh BHYTPEHHEI! sAIePHOI MeMOpPaHbI TepsieT CBA3b C XPOMATHHOM.
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O crneruduanocTr 6€NKOB TaMIHBI Y>Ke TOBOPUTIOCH B pasfene «SImepHblit 6enko-
BBIIT MaTPUKC», 3[1eCh JKe HeOOXOIMMO ellle pa3 MOJ4YepPKHYTh, YTO 9TV pUOPMIIAPHBIE
Genky He 06pasyOT HEM3MEHHYIO CTPYKTypy. PUOPOSHBIil C/I0J TAMIHBI BCe BpeMs
HepecTpanBaeTcs, 0COOEHHO B CBA3U C POCTOM IIOBEPXHOCTM AAPa, BO BPeMs K/IeTOY-
HOTO IMK/Ia. XapaKTepHble /1 BHYTPEHHeN si/iepHOi MeMOpaHbI 6enkiu maMuusl A, C
u B oTHOCATCA K QUOpM/IIApHBIM GenkaM V TUIa IPOMEeXYTOYHBIX (IUTaMEHTOB (CM.
HIDKe), MX GUOP/UIAPHBIE MOHOMEPBI MOTYT 06pa30BbIBAThb AUMEPBI, TeTPaMepBbl, a I10-
cnepHMe 06pasyioT GMOPYIUIBI TOMIIMHON 0K0/10 10 HM. Co CTOPOHBI KapMOIIIa3MBbl IO,
BHYTpeHHell sifiepHOI MeMOpaHoI1 Takye GpuOpIUIBl 00pasyloT OPTOrOHAIbHbIE CTPYK-
TYPBI, YepeYIOLIMecs C PBIXJI0 PACIONIOKEHHOI CeThIO STHUX Ke PuOpuMIL.

Benky maMMHBL ¢ MeMOpPaHOIT CBsA3aHBI IBOSKUM 06pazoM. Tak, mamMmuu B mocie cun-
Te3a MoguduipyeTcs gobaBneHreM rupodoOHOI M30NEeHTUIBHOI ITPYIIIbI BOMN3N
C-xoHnja. 9ta munoduibHas TPyIIa BCTPAaNBaeTCsl B CI0I MeMOPaHBbI 11 KaK Obl 3as1-
KOpeBaeT JIaMuHy Ha MeMOpaHe. KpoMe TOTo Lie/blil s MHTETPalIbHbIX 6€/IKOB BHYT-
penHeit siepHOit MemOpansl (LBR, LAR, aMepuH u fip.) TakXe 3aKpeIUIAIOT TaMUHBI,
BXOJSIIIIIIe B COCTAaB 9TOT0 (pUOPO3HOrO C/10s1. DT >Ke OE/IKYM YIaCTBYIOT B CBA3BIBAHUM
sIePHOI MeMOPaHbI C XPOMAaTHHOM.

Hekoropble MyTanum 1o reHam 1aMuHOB A u C CBSI3aHbI C pasBUTUEM MBIIIEYHOI]
puctpodun dmMepu-Jpeitdyca, BO3HMKAIOLIE, BEPOSITHO, BC/IENCTBUE HAPYLIEHUI
B3aMMOCBSI3) MEXJY SI/IePHOIT 000IOUKOI 11 HEKOTOPBIMY TeHaMJ XPOMATIHA, CBsI3aH-
HBIMI C HEI.

Hawnbornee xapakTepHoit 1 6pocaoleiics B
I71a3a CTPYKTYPOJ B COCTaBe AN PHOI 00 07TOUKI
siBTsieTCs ss0epras nopa. Ilopel B 060mouke 06-
PasyIoTCs 3a CYET CIMSAHNA ABYX AEPHBIX MeM-
OpaH B BUJe OKPYIVIBIX CKBO3HBIX OTBEpPCTMII
ynm nepgopannii ¢ fuamMeTpom okono 100 HM.
I[Tpu anbaerngHOl GUKCALUY VIV TIPY UCIIOTb-
30BaHUM METOfja 3aMOPXMBAHM U CKaJIbIBa-
HMSA B 97IEKTPOHHOM MVKPOCKOIIE BUJJHO, YTO
OKpYI/IOe CKBO3HOE OTBEpPCTHe B ANEPHOIT 060-
JI0YKe 3aIIO/THEHO CTIOKHO OPraHM30BaHHBIMM
DIOOYIAPHBIMU M PUOPU/ULIPHBIMU CTPYKTY-
pamu (puc. 10.2). COBOKYITHOCTb MeMOpPaHHBIX
nepdoparuit 1 STUX CTPYKTYP HA3bIBAIOT KOM-
nnexcom nop sA0pa. TeM caMbIM IIOTYepKVBa-
eTCsl, YTO sAfiepHas Iopa He IPOCTO CKBO3HaA
IIbIpa B ANEPHON 000/104Ke, Yepe3 KOTOPYIO He-
IOCPeJICTBEHHO BellleCTBa AApa U LUTOIIa3MBbl
MOTyT coobmarbcs. KoMIIoHeHTBI KoMIITeKca
HOP MMEIOT OeTIKOBYIO IIPUPOLY.

Puc. 10.2. Bug B .M. nBerHOCTVI Kne- Adepnuviit noposvui xomnexc (ALK wm
TouHoro appa (Meton 3amopasusarms- NPC-nuclear pore complex) npencrapser co-
CKanblBaHus) 60J1 CyIpaMOJIEKY/IAPHYI0 CTPYKTYpPy C M.B.

iy,
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6omnee 125 - 10° [la, cocrosiugyto u3 60-
nee 1000 6emKoB, Macca KOTOPBIX B 30
pas Gompuie yeM pmbocoma. Bemxn
AIIK HocAT HasBaHMe HYKEOnopu-
Ho8. HacuurbiBaeTca npumepHo 50-
100 BuzoB 3TNX O€/IKOB, COOPAaHHBIX B
12 cyOKOMIITEKCOB.

B nocneznHee BpeMs y#anoch MONy-
YNUTb OTYeT/IMBbIe M306pakenus SAITK
B 9JIEKTPOHHOM MMKPOCKOIIE, YTO
faeT BO3MOXKHOCTD IIOHATb UX CTPYK-
TYPHYIO OpraHM3anuio. BHemHni am-
aMeTp MOPOBOTO KOMILIEKCA COCTaB-

et okoo 100 HM, a BBICOTA — 75 HM. Puc. 10.3. Komnnekcbl agepHbix nop (KAM) Ha ynbtpa-
TOHKIMX Cpe3ax:

Ay

B nenom on npeAcTaBasieT coboil - )
a — Buf B NnaHe; 6 — nonepeyHblii cpes; 1 — KAM; 2 — BugHbl

IMHAPUIECKYT0 (I)I/ITYPY CIpUSHAKaMI g nepudepuyeckux cybbeanHuy (rnobyn); 3 — agepHas 060-
OKTOI'OHA/IbHOM CUMMETPUMN. HecMo-  nouka; 4 — XPOMaTUH; 5 — LieHTpanbHaA rpaHyna («npobka»

TPsI Ha OY€Hb BIIEYAT/ISION[E U300pa- WM «TpaHcnoprep»)

>keHuA BoifienneHHbIX SIIK, pasHble aB-

TOPBI JJAI0T pasHble CXeMbI CTPOEHNS 3TOTO CJIOKHOTO KOMIUIEKCa, 00/1ajaloliero CuM-
MeTpueil BOCbMOTO IOpsfKa.

Ecmu mocmorpets Ha AIIK B rtaHe Ha yIbTPAaTOHKOM cpese, TO OpocaeTcsi B I71asa,
4TO ero nepudepus npefcTasieHa BOCbMblo rmobynamu (puc. 10.3, 10.4). Ha Beigenen-
HbIx ke SIIK B mepByio odepesb BUHBI KONbYaTble CTPYKTYphl. OT mepudepmdecknx
koMioHeHTOB SIIK B cTOpOHY IMTOIIA3MBlI IIPOCTUPAIOTCA (PUOPWUIAPHBIE BBIPO-
cTbl. Co CTOPOHBI s17pa ToXe GUOPUIUIAPHBIE BBIPOCTHI 00Pa3yI0T KOP3MHKOIIOZOOHYIO
CTPYKTYPY, CBSI3aHHYIO TEPMMHA/IBHBIM KO/IBIIOM. B 60/IBIIMHCTBE MOJie/Ielt LIeHTpP 1M-
mmHapurdeckoit ¢purypst AIIK copepxut «mpo6ky» (LleHTpanbHYIO TpaHYITy, MIN TPAHC-
noprep). ITo ogHolt 13 Mogerneit (puc. 10.5) nquronnasmarudeckye GpuaaMeHThl OTXOIAT

Puc. 10.4. O6Lwan cxema CTPOEHMA AZEePHbIX NOp:

a — BHELWHWUN BMA AAEPHBIX NOP B A4pe OOLMTOB; 6 — CXeMa CTPOeHWA AfepHON nopebl; T — KonbLo; 2 — Cnulbl;
3 — ueHTpanbHaa rpaHyna; 4 — XpomaTtuH; 5 — pnbocoma
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Puc. 10.5. Mogenb cTpoeHus Komnnekca agepHoii nopbl no Alberts n ap., 1994. CnpaBa — TpexmepHas Mo-
Jenb, CneBa — nopa B paspese:

1 — AapepHas 060/104Ka; 2 — LMTOMNIa3MaTUYeCcKie GunameHTbl; 3 — LieHTpasbHas NpobKa, TpaHCnopTep; 4 — LuTonnas-
MaTMYeCKoe KoMbLo; 5 — UuTonnasmaTtnyeckas cyobeamnHuLa; 6 — cnuua; 7 — aaepHoe KonbLo; 8 — Grnbpunibl KOp3uH-
Ku; 9 — TepMUHanbHOe KombLo; 10 — aHHyNsApHble Cy6beanHULbI

OT LIMTOIIa3MaTNYeCKOTO KOJIbLIA, COCTOALILEro U3 8 cyobeuumil. Me>XX1y HUM 11 BHeIlI-
Hell AfiepHOi MeMOpaHOIl pacroaraeTcsl TOHKOE KOJIbIIO, @ 3aTeM 3Be3/[9aToe KOJBIIO.
LluTommasMaTiyecKkoe KOMbLIO CBA3aHO BHYTPEHHUMM (UIAMEHTaMM C TPaHCIIOpTe-
POM, KOTOPBIII HaXOAUTCS B L[EHTPe ¥ 3aIOIHIEeT IPOCTPAHCTBO MEX/y BHEIIHe U
BHYTpeHHell siflepHOI MeMOpaHoil. CXOfHasA CTPYKTypa HaXOAUTCA Ha BHYTpPEHHeEN
MeMOpaHe: HyK/IeOI/Ia3MaTI4ecKoe KO/IbIO0 OAiep>KMBaeT (GIIaMeHThbI «KOP3VHBI».

Becs AIIK B cTeHKe MeMOpaHHOI iepdopannm 3aKpeIiseTcs MHTerpanibHbIMU Oer-
Kamy, rimkonporeupamu gp 210 1 POM 121.

ITo cBOeI! CITIOKHOCTY OPTaHM3ALNN 1, ITTABHOE, 110 QYHKIVOHA/IbHOM 3HAUMMOCTHI
KOMIUIEKC SI/IePHOII OPbI MOXKHO OBIO ObI OTHECTY K OpraHe//IaM K/IeTKM, T.K. X PO/Ib
3aK/II04YaeTCsl B KOHTPOJIE 32 A/[epHO-IMTOIIA3MEHHBIMU CBA3AMI.

Pasmep AfepHBIX IIOP U UX CTPYKTYpa CTAHAAPTHBI He TOIBKO IS JAHHOI KJIETKI,
HO I /I BCeX KIeTOK JJAHHOTO OpraHm3Ma, 6ojiee TOTo, /A BCeX 9yKapuoT.

Yucno sfepHBIX IOP 3aBUCUT OT MeTA0OINIECKOil aKTVBHOCTH K/IETOK: YeM BbIIIIe
CUHTeTMYeCKMe IIPOLIeCChl B KIIeTKAX, TeM OOJIbllle Op Ha eAVMHUILY IOBEPXHOCTH KJIe-
TOYHOTO sAApa (Tabm. 13).

Tak, y sputpo61acToB (KIeTKU-NIPEANIeCTBEHHNKY ANEPHBIX 3PUTPOLNTOB) HU3-
INX II03BOHOYHBIX >KMBOTHBIX BO BpeMsA MHTEHCHMBHOTO CHHTe3a ¥ HAKOIUICHVA

Ta6nuua 13. KonnuecTso aaepHbIX NOp B PasfiMyHbIX 06beKTax

06beKT Yucno apepHbIx nop Ha 1 MKm? Yucno nop Ha 1 agpo
KceHonyc, noykn 10,05 3400
KceHonyc, oouut 51,0 37,6-10°
MbliLwb, KynbTypa TKaHu 10,83 5050
YenoBsek, KynbTypa TKaHu 11,24 3930
Kpbica, renatoumt 16,1 3800
Mbiwwb, numdount 33 400
Yenosek, numdount 447 700
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reMor7o6yHa oOHapyXuBaercs B sAfpe okono 30 spepHbIX nop Ha 1 Mxm>. ITocre Toro
KaK 3T MPOLECChl 3aKAHUMBAIOTCS, B A/IPaX 3Pe/bIX KJIeTOK-3PUTPOLUTOB IIpeKpala-
forcst cunTessl [JHK n PHK, u konmmyecTsBo mop mazaer 7o 5 Ha 1 Mkm2 B siiepHBIX 060-
JIOYKaX HOTHOCTHIO 3PEJIBIX CIIEPMATO30M 0B OPBI He 0OHAPY>KMBAIOTCS, TAK XKe KaK Y
MUKPOHYK/IEYCOB HEKOTOPBIX MH(y30puit. KommuecTBO mop MoxeT U3MEHATHCS B Te-
YeHMe KJIeTOYHOro nukia. IlepBoe Bo3pacTaHme 4ucia mop HabMIOgaeTcs MpyU PEKOH-
CTPYKLMY U POCTe sAfiep IOoC/ie MUTO3a, BTOPOIi 3Tl YBe/IMUYeHN s YMC/Ia IIOP MIPOMCXO-
ouT Bo BpeMs cuHTe3a JTHK.

[To moBepxHOCTH sifipa MOPBI PACIIONATAIOTCS OOTIee U MeHee PaBHOMEPHO, HO MX
YIICIO Pe3KO MajJaeT B MeCTaX aCCOLMALINIY C SIIEPHOI 000I0YKOII Y4aCTKOB TeTepOXpPO-
MaTHHa, AAPBIIIKOBOTO OPraHN3aTOPa, TeIOMEPHBIX YIACTKOB.

ITopoBble KOMIIJIEKCHI MOTYT BCTPEYAThCA M B IPYTUX MeMOPaHHBIX KOMIIOHEHTAX
KJIETKI, HO TOPasfo pexe, 4eM B siepHOI 00070uKe. JIHOTAa MOPOBBIE KOMIUTEKCHI
BUJIHBI B COCTaBe MeMOpaH IPaHY/LIPHOTO 3HIOIIIA3MATUYECKOTO peTukyryma. OHu
O0OHApY>KMBAIOTCSI B COCTaBe OKOHYATHIX MeMOpaH LMTOIIa3Mbl, KOTOpPbIE NpeICTaB-
NAI0T cO00I TECHO PACIONIO>KEHHbIE ITauKM 3aMKHYTBIX IUIOCKMX MEMOPaHHBIX Mell-
KOB, CIUIOIIb TPOHM3aHHBIX IIOPOBBIMI KOMIUIEKCAMM, MMEIOMIVIMI TaKyI0 JKe CTPYK-
TYPY, KaK 1 IOPHI B sAflepHOIT 060/10uKe. OyHKIMOHA/IbHOE 3HaYeHIe OKOHYATBIX MEM-
OpaH He M3BECTHO.

2. Ponb apepHoit 060n0uKu
B AlePHO-LMTONIa3MaTNYeCKOM 06MeHe

Co BpeMeHM OTKPBITHS SI/IePHOIL 000IOUKI U OIMCAHNUSA ee CTPOEHN [eanoch 3a-
K/TIOYeHNe O TOM, YTO sAfepHas 000/I09Ka MOXKET CIYXXWUTb PEryIATOPOM B AflepHO-
IUTOIUIa3MaTNIeCKOM OOMeHe U ITIaBHas pO/Ib B STUX IPOLIeCCaX OTBOAMIACDH Afep-
HBIM 1TopaM. OOMeH IpOAyKTaMM MeXAy SAApOM I IUTOIUIa3MOl B CAMOM Jie/ie OYeHb
BEJIMK: BCe siflepHble 6e/IKM MOCTYIAIOT B ARPO 13 uToIiadMbl U Bce popmbl PHK BbI-
BOJATCA U3 Afep. V B 3ToM mpoljecce KOMIIIEKC ITOPbI BBICTYTIAeT KaK CYIIPaMOIeKy-
JISIPHBLIT KOMIIEKC, BBIIOJTHAIOIINIL PO/Ib He TOIbKO TPAHC/IOKAaTOpa, MeéXaHM3Ma Iepe-
HOCa, HO J1 POJIb COPTVMPOBIIVKA, Y3HAIOILIETO U OTOMPAIOIIETO CIIelaabHBIM 00pa3oM
HepeHOCHMble MOTIEKY/IbL.

B mpouecce AmepHO-IMTOIIA3MaTNYECKOTO TPAHCIIOPTA AfEPHBIE MOPbI PYHKLNO-
HUPYIOT KaK HEKOTOPO€ MOJIEKY/IAPHOE CUTO, IIPOITYCKasA YaCTUIbI OIIPEEIEHHOrO Pas-
Mepa IIacCUBHO, 110 TPAJIIEHTy KOHIIeHTpauun. TaK, MOHBI, caxapa, HyKneoTunbl, AT,
CTepoufiHble TOPMOHBI — CBOOOJHO IIOCTYIAIOT B sAfpa. C APYroil CTOPOHBI, SAfiepHbIE
HOPBI OCYLIEeCTB/IAIOT M30MpaTe/IbHBI TPAHCIIOPT.

Yepes sapepHYI0 000/0YKy OeCIpenATCTBEHHO B 00e CTOPOHBI IPOMCXOAMT IIac-
CUBHBIII TPAHCIOPT BBICOKO MOJIEKY/IAPHBIX COeNVHEHMII, MMEIOIIX Maccy He Oojee
5. 10° [Ja. [l onpepenenns pa3MepoB 4acTuL], MOTYIUX IIPOJTY CKBO3b IIOPY, ICIIONb-
3YI0TCA TPaHY/Ibl IeKCTpaHa MM KO/UIOMAHOTO 30/10Ta, KOTOpble IIyTeM MUKPOUHbEK-
LY BBOZATCA B LIUTOIIA3MY XKIBOI KJIeTKIL. BbI/To 06Hapy»KeHO, 4TO MaKCHUMa/IbHbII
pasMep YacTull, CIOCOOHBIX TPAaHCIOPTUPOBATHCS B SIZIPO, cocTaniseT 8,5-10 um. [Ipu
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3TOM CHa4ajIa YacTUIIBI COOMPAIOTCA B 30HE MTOPOBBIX KOMIIEKCOB, a 3aTeM OKa3bIBa-
forcsa B Aape. HeapepHble 6enku ¢ Maccoit 6ombieit, yem 20 000-40 000 fanbToH 1Ipo-
HUKAIOT B AP0 MeIJIeHHee, e/ BOOOIIe TPOHMKAIOT. TaK, MHbeLMpOBaHHbIe OeIKI
¢ maccoit 17 xJla MOTyT IPOHMKHYTb B SIIPO HOBOIBHO OBICTPO, 32 2-3 MMH, Oenku
40 x[Ta — 3a 30 muH, 6enkn 60 k[Ja — BooOIIIe He TPOHUKAIOT B sipa. CauTaeTcs, 4T0
Oe/IKY C TUIPOAVHAMUYECKUM pajuycoM 6orblie 3,5 HM (YTO COOTBETCTBYeT I/I00YIsIp-
HOMY 6e/IKy ¢ Maccoit 65 k/Ia), He MOTYT IPOCTO MEXaHNYECKY IPOXOANUTD Yepes sjep-
HYI0 IIOpy. B aTux cny4asax sagepHas mopa BBICTYIAET B Ka4eCTBE PEAIbHOTO MOJIEKY-
JIIPHOTO CUTA.

Ho peno ocnoxxHsAeTcA TeM, YTO MHOTME Oe/IKM IIOCTYTIAIOT KaK B AP0, TaK U BBIXO-
IAT U3 HETO IPOTUB I'paiiieHTa KOHIeHTpaunii. HanpuMmep, KOHIeHTpaLys I'YICTOHOB B
Aflpe 3HAYUTENbHO BhIIIE, YeM B nurorasMe. Ho, HecMOTpsI Ha 5TO, BO BpeMs CMHTE3a
JHK mpouncxoaut TpaHCIOpT OrpoMHOro Kommdectsa (10° MOeKyn Kax/ble TPU MI-
HYTbI, 1 1o 100-500 Mo7nekys yepes OffHy IOPY 3a 1 MMH) TYICTOHOB 13 IIVTOIIA3MbI
B A7po. C Apyroil CTOPOHDI, Yepes sAfiepHble IIOPbl peasbHO MOTYT IIPOXOAMUTH HEKOTO-
pble 6Ky U JaXke MAaKPOMOJIEKY/IIpHble KOMIUIEKCBI C MAacCOVl 3HAUUTENbHO OOIbIIIeN,
yem 60 k/la.

UYepes ApepHbIe IOPHI M3 IUTOIIASMBL B AP0 TPAHCIIOPTUPYIOTCA KPYIIHBIE MOJIE-
Ky/Ibl 6€JIKOB, HalpyMep, 6€/I0K HYK/ICOI/Ta3MUH, TIEHTaMep ¢ MOJIEKY/IAPHON Maccoi
125 xJla. VI3 Anpa yepes MOPHI BLIXOAAT B LUTOIIA3MY CyOBEIMHUIIBI pUOOCOM U JIpY-
rue puOOHYK/ICONPOTEN I, MEHbIINE 13 KOTOPbIX MOIYT MMeTh Maccy 250 k[la. Otu
JlaHHBIE ITOKA3bIBAIOT, YTO KOMIUIEKCHI SAIePHBIX ITOP He MPEefCTABIIAIT COO0II IPOCTO
MeXaHN4eCKMe CUTA, KOTOPhle OTPAaHNMYMBAIOT TPAHCIIOPT MOJIEKY/I B 3aBUCUMOCTY OT
UX PasMepOB.

PaboTbI OCTIEHETO BpeMeHM OKa3bIBAIOT, YTO MHOTIE sAf€PHBIe OeIKV ITPOXOAT
4yepes AflepHble IOPHI C IIOMOLILIO CIENATbHBIX MEXaHM3MOB, BK/IIOYAIOIINX y3HABa-
HYIe U CBSI3bIBaHNe KPYIIHBIX SIIEPHBIX O€/IKOB, a 3aTeM TO/IbKO MX TPaHC/IOKALIMIo, IIepe-
HOC 4epe3 NOpbL. bbl1o HaileHo, 4To 6eKy, TPaHCHOPTHUpPYeMble B AP0, IMEIOT OIIpe-
Jie/IeHHbIe TTOCIeJOBATeIbHOCTY AMIHOKIICTIOT — HOCIe008AeNbHOCU A0ePHOLL 10-
kanuszayuu (NLS- nuclear localization sequences), KOTOpble Y3HAIOTCSI pellenTOpPaMu
anepHbIx mop. Takme NLS xapakTepHbl 111 Kapuo(UIbHBIX 0€/IKOB, T.e. [ OelIKOB
AJIePHOII JIOKAIM3aLNM, KOTOpPble CUHTE3UPYIOTCA Ha puOOCOMax B IIMTOIIIA3Me, a 3a-
TeM TPaHCIIOPTUPYIOTCA B ANPO.

3. Umnopt KapnodunbHbix 6enKos

BriepBble aMMHOKVIC/IOTHBIE ITOC/IEI0BATe/IbHOCTH SAAEPHOI JIOKaIM3auuu Op 06-
HapyxeHbl Ha C-KOHILle CyObefVHMI] MOJIEKY/Ib HYKJIeOIIa3MIMHA (SAIepHBIl OeNoK,
IPUHMMAIOLINII YYacTe B CTPYKTYPU3ALUM XPOMATHHA). DTU SKCIIEPUMEHTHI ObUIN
IIPOBeJIeHbI Ha OECK/IeTOYHOI CCTeMe, KOT/ja BIIeJIeHHbIE Apa MIOMEIIA/NINCh B LIUTO-
IIa3MaTUYeCKMil SKCTPAKT OOLMTOB KCEHOIYCa, Kyfja HOOAB/IsA/IN HATUBHbIE WIN U3-
MeHEeHHbIe MOJIEKY/Ibl HYK/IeOIIa3MuHa. JTo KpymnHblil 6emok (125 k][la), cocTosammit
U3 IATYU CYOBEAMHNLL, KXK/ast U3 KOTOPBIX 06/1amaeT r00yIspHOit M GuOpUIIspHOI,
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C-xoHueBoI, yacTaMU. Eciu yganute nyTeM npoTeonusa IpuMepHO 50 aMUHOKIC/IOT
¢ C-KOHIJa, TO HY IeHTaMep, HM MOHOMEpHI B ANPO He IOIAJAloT, B TO BpeMs KaK OT-
HierIeHHble GUOPYIIISIPHbIE YYACTKY Yepe3 ITOPhI IPOXOAAT CBOOOIHO, TaK KaK COmep-
»)KaT NLS-yuacTok.

Bornee Toro, mpu cMeImmBaHuM HesifiepHbIX OenKoB ¢ aTumu NLS-pparmenramn, ta-
KIle KOMIUIEKCHI CIIOCOOHBI TPAaHCIOPTUPOBATLCA B AApO. JJaske KPYIHbIE YaCTHUIIBI
fekcrpaHa (20 HM), HeClloCOOHbIe IPOHUKATD B ANPO, IPK CBA3bIBaHMM ¢ HUMM NLS-
IIOC/IefIOBATeIbHOCTE HYK/IEOIUIa3MIHA TPAaHCIOPTMPOBAINCh U3 LMTOIlIa3MaTiye-
CKOT'O 9KCTPAKTa B AMPO.

[Togpo6uo cTpoenne NLS usydeno y 6enka T anturena Bupyca SV40. Kaprodub-
HBIl CUTHAJI COCTOSII U3 HOCIefoBaTenbHOCT: Pro-Lys-'?Lys-Lys-Arg-Lys-Val. Onna
JIIIb aMMHOKMCIOTHAs 3aMeHa (‘**Lys na Thr nnm Asp) nonmHoCTbI0 MMIIAIOT 9TOT (par-
MEHT Kapno(IbHBIX CBOICTB. OKa3a/och, YTO MOXKHO CO3/JaBaTh XMMEpPHBIE OE/KM ¢
3TUM aMIHOKJC/IOTHBIM JIOMEHOM, 4TO IT03BOJIAET HeOObIYHbIe 1A sfep Oenku (anpoy-
MJH IUTa3MBbl, MMMYHOITOOYINH G, 1 gaxke ¢pepputuH ¢ MoJ. Maccoit 465 kJla) TpaHc-
HOPTUPOBATh Yepe3 sfjepHble OpPDL.

Bboeuto mokasano, uro 6emok ¢ NLS mpoxonut B siipo depe3 HECKONbKO ITAIOB
(puc. 10.6). Vimmopt HaumHaeTcsi ¢ Toro, 410 NLS-6e/mok cBsI3pIBaeTcsi C reTepopu-
MepoM perenrtopa NLS, ¢ 6enkamMy uMOopTHaMu o U 3, TOKaIM30BAHHBIMM B I{UTO-
n1a3Me. BosHUKINIT 6e/TKOBBII KOMIUIEKC (MMIOpTUpyeMblit 6enmok ¢ NLS, cBsi3aHHBII
C UIMIIOPTVMHAMMU A 1 ) TOAXOANT K BHEIIHEN AfjepHOi MeMOpaHe 1 3aKpeIlIsgeTcs Ha
IUTOIIa3MaTUYeCKUX (yIaMeHTax
IIOPOBOTO KOMII/IEKCAa. 3aTeM 3TOT
KOMIIIEKC BXOANT B SfIEPHYIO IIOPY
U IPOXOANUT 4Yepe3 «TPaHCIOpTEp».
Cunraercsi, YTO TpaHCIOPTEp CO-
CTOUT U3 MHOXKeCTBA U3BUTHIX Oerl-
KOBBIX (UIaMeHTOB, oOoraleH-
HbIX ajaHuHoM ¥ mmuyHoM (FG-
bumaMeHTbI),  NPeACTaBIAOMINX
coboit b6apbep [IsT TPAaHCIOPTA He-
Kaprno¢uibHbIX 6enkoB. Kommiekc
xe, umeromuit NLS kak 6bI pa3pbix-
ngeT 9Ty CeThb M IPOXOAMUT 4Yepes
KaHan TpaHcrnoptepa. Ilocne mepe-
XOfla KOMIIJIEKCA B HYKJIEOIIa3My
UMIIOPTHH [} CBSI3bIBAETCS C 6ENKOM
RAN, npezictaBsmoiero co6oit mMa- o
nyto GTP-asy, 4To mpuBOAUT K pac-

najy Komriekca. iMmopTupyembiit Puc. 10.6. Cxema umnopTa yutonnasmaTnyecknx 6enkos

B AAPO:
6e/10K 0CBOOOXKIAETCS ¥ OCTAETCA B 5
ANK — komnnekc agepHoii nopbl; Ao — agepHas o6onouka; 1 —

ANPE, UMIIOPTIH A BOSBPAIIAETCA B umnopTupyemblin 6enok ¢ NLS; 2 — umMnopTuH o; 3 — UMNOPTUH
OQUTOIIA3MY, TaK K€ KaK U MMIOP-  [;4— uMnopTupyemblit KOMMAEKC; 5 — 6enok Ran; 6 — komnekc
nH B, HO B cBsA3u ¢ RAN-GDP, re  Ran-umnopru p
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HOC/IeIHME TAK)Ke AMCCOUMMPYIOT. TeM caMbIM TonmbKO 6emok ¢ NLS ocraercs B co-
ctaBe szpa (cm. puc. 10.6).

4, KcnopT U3 AApa B LUTOMIa3mMy

V13 sifipa B HUTOIUIa3MYy TaK)Ke CYIIeCTBYeT IIOTOK Kak O€/IKOB, TaK U SlepPHbIX TPAHC-
KPUIITOB B BUJie pOOHYK/IEONPOTENI0B. B IpuHIINIIe 9TOT 9KCIOPT IO CBOEIT Opra-
HY3AIVM CXOfIeH C IPOLIeCCOM MMIIOpTa KapuouibHbIX OenkoB. Tak ObIo 06HApY-
JK€HO, YTO ITIMKOIPOTEeVJHbIE MOJIEKY/Ibl, CBA3BIBAIOIINIE INTAHADI, TOKATN3YIOTCA B Me-
CTe TIOPOBBIX KOMILIEKCOB M CO CTOPOHBI sAfpa. OfHa 1 Ta e Iopa MOXKeT IPMHMMATh
ydacTue KakK B MIMIIOpTe, TaK ¥ B 3KCIIOPTe MaKpOMOJIEKY/I. B M0O/Ib3y 3TOro TOBOpUT
TO, YTO YACTUYKM KOJUIOMIHOTO 307I0Ta, CBSA3aHHOTO C HYK/ICOIUIa3MIHOM, COpOupy-
I0TCs Ha SIIEPHOIT IIOpe CO CTOPOHBI LIMTOIUIA3MbI, OfJHOBPEMEHHO C COpOIell 4acTy-
4eK, cBs3aHHbIX ¢ PHK, nHbenpoBaHHbIX B s171p0 0011TOB. [To/100HbIe 9KCIIepUMEHTDI
nokasanu, uro muorue PHK (TPHK, 5S PHK, monmu-Y u nonu-A), cBss3aHHbIE C KOJIJIO-
UIHBIM 30/I0TOM, aKKYMY/IMPYIOTCA B 30HE SANEPHBIX IIOP, a 3aTeM IIePeHOCATCA B LIUTO-
wiasmy. bonee Toro, PHK crioco6cTByeT nepeHocy depes siepHYI0 IOPY KPYIIHbIX 4Ya-
cTuil 307m0ta pasmepom 1o 20 HM. O6paTHOTO TepeHoca He TPOUCXOINT: AHAIOTUIHbIE
JaCTUYKM, MHBbELMPOBAHHbIE B IUTOI/Ia3My OOLMTA, B PO He IPOHMKAIOT.

Yro kacaercs ecrectBeHHbIX BuioB PHII, To KoMIIeKChl AmepHBIX IOp TaKXKe
JIO/DKHBI Y3HABATb Crienuaeckuii CUrHaa Ha aKcnoprt. benkossie kommonenTtsr PHIT
HEeCyT aMMHOKVCIOTHbIE ITOC/IeOBAaTe/IbHOCTY, CUTHANBI sifepHoro akcropra (NES),
KOTOpBIe NAl0T BO3SMO>KHOCTD pazmryubiM PHIT mpoxoauTts depes AnepHyIo 000/104KY
B IJUTOIIA3MY.

B arom crmydae Takke o6pasy-
€TC  CJIOXHBI KOMIIIEKC, COCTOA-
muit 13 nepenocumoro 6emka ¢ NES-
MIOC/IeOBATeIbHOCTLIO (CBA3aHHOTO C
PHK wi cB0O60OZHOTrO), accouumpo-
BAHHOTO C 6€/IKOM 3KCIIOPTMHOM 1, KO-
TOPBII1 B CBOIO O4epPe/Ib CBA3aH C Oe/TKoM
RAN-GTP. 9T0T KOMII/IEKC ITPOXOANT
yepe3 ILIeHTpa/lbHBINl KaHal, CO3[aBa-
eMBblil TPaHCIIOPTEPOM, B LIUTOIIA3MY,
rme u guccounmpyet. IIpu atom ocso-
6oxmaercsi 6emok ¢ NES-ydacTkom
(mmu PHII), xoTOpsIit OCTaeTcs B -
I:._"J tonnasMe. IxcrnopTuH 1 1 RAN nocre

rugponusa GTP cHoBa BosBpamjaroTcs
Puc. 10.7. Cxema 3kcnopTa AfepHbIX 6enkos B uuto- sppo (puc. 10.7).
nnasmy:

y 5 B mpounecce akcnopra PHII apep-
ANK — komnnekc agepHoi nopbl; flo — agepHas 06010uKa;

1 — aKkcnopTupyemblin 6enok ¢ NES; 2 — skcnopTuH; 3 — Ge- Had II0pa KOHTPOIMPYET HE TO/IbKO
NOK Ran; 4 — 3KCnopTUpyemblin KOMMNEKC 6€/IKOBBIII KOMIIOHEHT. HneprIe TOPBI




[naea 10. fAdepHas obonoyka

153

Y3HAIOT U He 9KCHopTHUpyT Koportkue (100 Hykneorupos) TPHK, ecnmu B ux crpyk-
Type eCcTb XOTb OffHa 3aMeHa. TpaHcmopt Hespenblx popm MPHK, nmerommx nHTpOH-
Hble YYaCTKY, He IPOUCXOAUT. BooOble B inTOIIa3Me He 0OHAPY)XMBAIOTCS He3peble
PHK. BeposiTHo, 1151 akcriopta Hekotopbix PHK Heobxonmma ux cBssb ¢ 0coO6bMu 6ert-
KaMIL.

Maro nsy4eH BOIIpocC 0 TpaHCIOPTe B uTonnasMy Kpynubsix PHII-xoMmiekcos, Ta-
KX KaK CyObennHuIib pubocom, nudpopmocomsl 1 Massle saepabie PHIIL. Bo3moxHo,
BCe OHM IIOf| [IeVICTBUEM KAaKMX-TO (PaKTOPOB pa3BOPAYMBAIOTCHA, MEHAIOT CBOK KOH-
¢dbopManMIo U IPOXOAAT Yepe3 MOPOBBIl KOMIUIEKC. B I0/Ib3y 9TOro roBopsAT Habm0-
meHnA ra"teneBupgHblx PHK-comepsxamyx yacTun, B mpocseTe Mop Afep IMTaHTCKUX
C/IIOHHBIX JKe/le3 HaceKoMbIX. CYMTaeTcs, YTO 3Ta KapTHHA OTpPa)kaeT MOMEHT BbIXOfia
u3 agep PHII-yacTuiy 60 HM B AuaMeTpe, OTHOCUMBIX K MHpopModepam. VIHTEepecHO,
YTO COCTaB OeIKOB B UTOIIIa3MaTidecKux nHpopmanuonusix PHIT nHoit, 5T0 MOXKeT
TOBOPUTH O TOM, YTO B 30H€ ITIOPOBBIX KOMIIJIEKCOB IIPOMCXOIUT «IIepeofeBaHne» MH-
¢dopmannonnsix PHK, cBs3b UX ¢ MHBIMYU OeKaMu.

5. QuHammnKa agepHoin 060104KMN B MUTO3e

Bornblireit 4acTbio, HO He Y BCeX BUIOB (MCKIIOUEHNE COCTABIIAIOT aMeObl, 9BI/ICHO-
Bble, NHQY30puy, AMHO(IATE/IIATDI, MHOTIE BOZOPOC/IN, HEKOTOPbIE TPUOBL), sepHas
0007104Ka paspylIaeTcs Mpy MUTO3€ U CHOBA BO3SHMKAET HOC/IE [ie/leHNsI KIeTOK. DTO
TaK Ha3bIBaeMblil omkpoumviii mun mumo3sa (puc. 10.8). Ilpu aToM B mpodase 1o mepe
KOHJIEHCAIVM XPOMOCOM sifiepHasi 000/I04Ka TepsieT C HUMU CBS3b, a 3aTeM B Hell I0sB-
nA10TCs paspbiBbl. OHa mprobpeTaeT BUJ IIOCKUX MeMOPaHHBIX BaKyoJIell, UCTEPH.
B sro Bpemsa AnepHble NOpH elle BUAHBL [lo3gHee oHn ucdesaroT. Bo Bpemsa murosa
KOMIUIEKC sI[IepHOII TTOPBI ¢ MOJIEKY/LIpHOIT Maccoit 120 m/la pasbupaercsa Ha CyOKOM-
1eKcel mpuMepHo 1o 1 m/la. Pasbopka nmop HaumHaetcs ¢ pocopummpoBanus psasa
HYK/IEOIIOPMHOB MUTOTINYecKON cdc2/mukmH B-kunasoi (cm. Hioke).

SInepHast 060/m04Ka npeBpajaeTcsi B CKOIJIEHVE MEIKIMX MeMOPaHHBIX ITy3BbIPbKOB,
OKPY>XAIOIIVIX 30HY ObIBIIIEr0 MHTep¢as3HOro sAzupa. Takue my3bIpbKu MOpPQOIOrnyecKu
HEJb351 OT/INYUTD OT SPYTUX MENKUX BaKyosell B IIUTOIIa3Me, OHY, BEPOATHO, CIMBa-
I0TCA C BaKYOJLIMM 9H/[OIIa3MaTU4IeCKOrO PeTUKynyMa. B Metadase MeMOpaHHbIe a71e-
MEHTBI LIATOIIa3MBbl OTTECHSIOTCA K IepudepudeckuM 30HaM KJIeTOK MUKPOTPyOod-
KaMI BepeTeHa Jie/IeHM .

B xoH1e anadaspl, KOTza peKpajaeTcs ABVDKeHYe XPOMOCOM K IIPOTHBOIIOTIOKHBIM
IIO/TI0CAM KJIeTKY, MeMOpaHHbIe Y3bIPhKY LI TOIIA3MBI, ¥ B IIEPBYI0 OYepeib MEMOPaHbI
TPaHY/ISIPHOTO 9HJOIIA3MAaTUYECKOTO PeTUKY/IyMa (CM. HVDKe), HAaYMHAIT KOHTaKTH-
POBATb C IIOBEPXHOCTBIO XPOMOCOM. DT KOHTAKTBI IIPOUCXO/AT CHaYasIa B HeOO/IbIIOM
YyC/ie TOYeK, HO 3aTeM HadMHaeTCA MepecTPONKa M POCT STUX IEPBUYHBIX 3a4aTKOB
sanepHoit 060mo4uky. OHYM U3 MeJIKUX IY3bIPHKOB MPEBPAIAIOTCS B IIOCKME BaKyOIH,
KOTOpBIE PacTyT B LIVPYHY ¥ 00BOJIAKVBAIOT IIOBEPXHOCTD AeKOHAEHCUPYIOLIVIXCA XPO-
MOCOM. Y4YaCTKM TaKMX PAaCTYLIVX IVIOCKUX MeMOPaHHBIX MELIIKOB C/IMBAIOTCS, 3aMbIKast
U OTTOPAXXMBasi COJEP>KMMOe HOBOTO MHTepdasHoro siipa. VIHTepecHO, YTO siepHbIe
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Puc. 10.8. MoBegeHue anepHoil 06ONOYKN MPU MUTO3€ XWUBOTHOM
KneTku:

1 — nHTepda3sa; 2, 3 — npodasa; 4 — npomeTtadasa; 5 — meTadasa; 6 — aHa-
¢da3za; 7 — tenodasa;

8 — PEKOHCTPYKLMA AOYEPHUX Afep. XPOMOCOMbI B Mpodase TePAIOT KOHTAKT C
ALEPHON 060NOYKON 1 B KOHLE aHadasbl BCTyNatoT B 06beavHeHre ¢ Membpa-
Hamu umTonnasml (no O.B. 3auenuHoit n gp., 1976)

HOpBI MOSIB/ISAIOTCS Ha ca-
MBIX PAaHHUX 9Talax pe-
KOHCTPYKUMM  AEPHON
000/I04KM, KOTJa IBOII-
Hble MeMOpaHHBIe IU-
CTEpHBI elle He COMKHY-
mich U QaKTUIeCcKu HU-
Yero He pasfersiorT.

[Ipy peKOHCTPYKIM
AfepHOI 000TIOYKU IIpO-
UICXORNT cOOPKa sANepHBIX
nop. OHa HauMHaeTcA ¢
00pa3oBaHMA SAMKU IIpU
CTIVITHUM BHEIIHeN U BHY-
TPpEHHEN ANEPHON MeM-
OpaHbl, KOTOpas 3areM
IpeBpallaeTcs B OTBep-
ctue. B arom mnpouecce
IIpMHNMAIOT y4aCTl€ MH-
TerpajbHble OeNKu  gp
210 u POM 121, xoTopnie
BIIOC/IEACTBUY OyRyT 3a-
kperwATh AIIK Ha MeM-
6paHax.

3a aTMM CrIefyer Io-
ABTIEHNE BHYTPEHHNX
crpyxryp AIIK: xommnnexc
KO/bIla, crmi, fobaBe-
HIle 3Be3[9aTOro KOJIbIa
U OPYTUX CTPYKTYPp, U, Ha-
KOHell, (puIaMeHTOB.

[o-BupumMomy, TS
PEKOHCTPYKLINM AIEPHON
000/109K1 HEOOXOIVMbBIM
yCIOBUEM ABJIACTCA  [ie-
KOHZIEHCAIIVISI XPOMOCOM.

Bb1/10 OKa3aHO, YTO eC/M BBI3BATh IIPEX/EBPEMEHHYIO JeKOH/IEHCAINI0 MeTada3HbIX
XPOMOCOM, TO OHY OYEHb OBICTPO KOHTAKTUPYIOT C MEMOPAaHHBIMY ITY3bIPbKaMM 1 Ofie-
BAaIOTCA Ka)K7as CBOEIl OTJE/NbHO AfIepHOIT 000/I09KOI, BCIEACTBIE YeTrO B KIEeTKe BO3-
HIKaeT MHOXXECTBO TaK Ha3bIBa€MbIX MUKPOSAZEP, KaKG0€e MX KOTOPhIX BOSHUKIIO U3

OJIHOVI XpPOMOCOMBI.

C #pyroit CTOPOHBI, MOXXHO 9KCIIEPMMEHTA/IbHO BBI3BAaTbh Pa3bOpKy sfepHOI 060-
JIOUKM Y MHTepPa3HOro AApa. ITO IMPOUCXOAUT, eC/IM CIATh B KYIbType TKAaHU JiBe
KJIETKV Ha Pa3HBIX CTAaJVAX KIETOYHOIO LVMK/A M MOMYYUTh T.H. T€TEPOKaPUOH, I7e
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OfiHO u3 smep OymeT Ha-
XomuThcsl B uHTepdase,
a mpyroe ObITH B Buie
MUTOTUYECKMX XPOMO-
coM B Metadase. B aTom
cnydae B MHTepdasHOM
Afpe Ha4YMHAeT KOHJEH-
CHpoOBaTbCAd XpOMaTUH,
00pasyTcsa  IpexfieB-
pPEMEHHO  KOHJEHCUPO-
BaHHbIE XPOMOCOMBI, a
AnepHas 000/lIOYKa MC-
4e3HeT TaK >Xe KaK BO
BpeMs ~ HOPMaJIbHOTO
mutosa (puc. 10.9). 9tn

AAHHBIE TOBOPAT O TOM,  pyc, 10.9. MpexaeBpemMeHHas KOHAEHCALMA XPOMOCOM 1 pacTBOPeHMe
4YTO B LIUTOIIa3ME MUTO-  AAePHON 060A0YKM B FreTePOKapUOHe:

TUYECKOV KJIETKM CYLIE- | — MUTOTMUYECKME XPOMOCOMbI JOHOPCKOW KNeTki; 2 — AAPO KNeTKu-
CTBYIOT Kakue-TO (pak- PeunmenTa

TOPBI, BBI3bIBAIOLIIIE KaK

KOH/IEHCALVII0 XPOMOCOM, TaK ¥ IIapajUIe/IbHbII 9TOMY IIpOLiecc paciaja sfiepHoit 060-
o4k (cM. pasgen «Perynanms KIeTO9HOro IMKIIa».)

CxopHasi [UHAMMKa COBIIA/IEHNs IPOL[ECCOB MEPECTPOIIKM XPOMOCOM 1 SITEPHOI
000/104K1t HAOMIOKAETCSI U B IPYTOIi CUCTeMe, B IIUTOIIa3Me OOLMTOB MU B OecKiie-
TOYHBIX LMTOIIA3MATUYECKUX 9KCTPAKTAX OOLMTOB. TaK, ec/i B IIUTOIIA3MY OOLIATA
amubuit Ha craguu MeTadasbl UHBELMPOBATh BbIfle/IeHHbIe MHTep(dasHble s/pa, TO
UX sifiepHast 060/109Ka pa3byupaercs, a XpOMATUH KOHIEHCUPYETCsl B BUJIE MUTOTUYE-
ckux xpomocoM. Ecn sxe B oorut Ha ctaguy nHTepdasbl BBECTU MUTOTUYECKIE XPO-
MOCOMBI, TO OHJ HAYMHAIOT eKOH/IEHCUPOBATHCS, TOSB/ISIIOTCS MHOXKEeCTBEHHBIE MeJl-
KJie BaKyoJIy, KOTOpbIe CTMBAsICh APYT C IPYTOM, 00pasyloT sipepHble 060104k, VIHTe-
PECHO, 4TO B LUTOIIA3MY MHTEP(A3HOr0 0OLMTa MOXKHO BBECTU [aXKe Iy>KePOJHYIO
gpctyo [JHK, koTopast, CBA3BIBasCh C TMCTOHAMM B LIUTOIUIa3Me, 06pas3yeT XpoMari-
HOBBIE IJIBIOKY, KOTOPbIe B CBOIO OYepPe/b OIeBAIOTCS sePHBIMI 000/IOYKAMN U TIpe-
BPAIAIOTCS B MUKPOSIAPA.

OTu 9KCIIepyMeHTa/IbHbIE IIPUEMBI BMECTE C METOOM MMMYHO(IyOopeCIeHI My 10-
3BOJIM/IV MIPOCTIEANTD CYAbOY MHOTUX O€/IKOB silepHOII 000MTOYKY BO BpeMs MUTO3a.
[Toppo6HO M3ydeHa cynbba naMmuHOB. Bbito HalifieHo, 4TO GUOPO3HBIIL CIO0M TAMIHOB
JIeTIONMMePU3YeT sl TIapajlyIeIbHO PacHajy sifepPHbIX MeMOpaH 1 KOHIEHC AN XpoMa-
THHA. DTOMY IIpeAlIecTByeT oOMIbHOe (B 7 pas Bblllle, YeM B uHTepdase) pochopumn-
poBanue 1aMmuHoOB. Jlamuusl A u C IIpu 9TOM [€TOMNMEePU3YIOTCS A0 AUMEPOB U TeTpa-
MepOB U, IepPeXo/si B PAaCTBOPUMOE COCTOsIHME, PABHOMEPHO PACIPeNeATCs B IM-
TOITa3Me BHE CBA3M C IPYyIMMM CTPyKTypamu. Jlamun B Toxe memonmmmepnsyercs mo
O/IUTOMEPOB, HO OCTAETCSI CBSI3AHHBIM C MEMOPaHHBIMM ITy3bIPbKaMIi, BOSHUKIIUMI 13
STePHOIT 060TOUKIL.
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I[Tpu c6opke siepHOIT 0607109KY B Tenodase GeKY TaMUHbI UMMYHOXMMIYECKY Ha-
YMHAIOT BBLIB/IATHCSA B LIEHTPOMEPHBIX U TEIOMEPHBIX YYaCTKaX XpoMocoM. Tam ke 06-
HapY>KMBAIOTCA HepBble IPU3HAKN 00pa3oBaHMs HOBOI sAEePHON 000/I0UKM U HaKa-
IUIMBAIOTCS aHTHUTENA K OeIkaM IIOpOBOTro KOMIUIEKca. B 6eck/ieTOuHOI crcTeMe LUTo-
I/Ia3MaTIIeCKOTO 9KCTPAKTa OOLMTOB OBIIO II0OKA3aHO, YTO ACCOLMALIA PACTBOPUMBIX
B M1TO3€ TaMIHOB A 1 C IIpOMCXOANUT He3aBUCKUMO OT 1aMuHa B. Oxasanock, uTo ecim
CHCTeMY PEKOHCTPYKLIMY AfEPHOI 000I0UKY INIINTD 1aMuHa B, To mamuubl A n C cBA-
3BIBAIOTCS C IOBEPXHOCTDHIO XPOMOCOM, HO COOPKI sIIepHOIT 060/I0UKY He IPOUCXOJT.
B skcrpakre, muinenHoM maMuHoB A 1 C, 1amuH B cBsI3pIBaeTCs ¢ XpOMOCOMaMi, HO
HOpMaJIbHas AfiepHasg 000/I0YKa TaK XKe He popMupyeTcs.

B nmaronormyecku n3sMeHeHHBIX KIeTKaxX B MHTepdase sifiepHasi 060/1049Ka BefieT ce6st
KaK OOJIbIIMHCTBO MeMOPaHHBIX BaKyO/LIPHBIX KOMIIOHEHTOB: IIePMHYK/IeapHOe IIPOo-
CTPAHCTBO MOXKET PACIIMPATHCA NMPK 0OIeM KIeTOYHOM HabyXaHMU, MOXeT 006paso-
BBIBATH ITy3BIPYAThle BBIPOCTDI, TEPSITh pOOCOMBI Ha BHELIHEN sIEPHOIT MeMOpaHe.
IIpy pparMeHTAIMM MUTOTUYECKUX XPOMOCOM sifiepHast 060/I0UKa OffeBaeT KaykKIblil
bparmeHT, 4TO HPUBOAUT K 06pasoBaHui0 MuKposigep. Hanpumep, npu nogasieHnn
pacxoxpeHns XxpoMocoM B T.H. K-MeTadase (cM. HuKe) XpOMOCOMBI IIPeBPaLAIOTCS
B OT/Ie/IbHbIE MUKPOSIPa, KOTOPBIE IIOTOM MOTYT CIMBATBCS LPYT C APYTOM IIPK BO3-
HVMKHOBEHVM IIOJIMIVIONAHON KaeTku. Ecmm ske KIeTka ¢ MUKPOsIIpaMu Bce JKe IOf-
BepPrHeTCsI [IeNIeHNIO, TO 00Pa3yIoTCs KJIETKY C HAPYLIEHHBIM KapUOTUIIOM — aH3YIITIO-
UJiHbIe KIeTKY, KOTOpbIe OBICTPO MOTMOAI0T MM e MOTYT AaTh Ha4aIo OIyXOJIEeBBIM
KJIeTKaM.



Yacto il
CTPOEHME U XUMINA LUTOMNA3MbI

Humonnasma — 3mo mom KoMNoHeHmM KAemKu, KOmMopbiti 0Caemcs, ecaiu UCKo-
4umo s0po.

IluTommasMa MOXKeT 3aHMMATh y Pa3HbIX TUIIOB K/IETOK pasIndHble 00beMbl. Tak y
mMGOLUTOB ee 06beM IPUMEPHO paBeH 00beMy SAfipa, Y FeIaToLUTa, Ha000pOT, ALPO
3aHMMaeT BCEro OKOJIo 6% oT 0611ero o6beMa KIeTKY, y HeMIPOHOB 9Ta oA B 600 pas
MEHblIIE.

Tax >xe Kak I A[[po LUTOITa3Ma MHOTOKOMIIOHEHTHA. YK€ B CBETOBOI MUKPOCKOII
B IMTOIIa3Me >KMBOM KJIE€TKM BUJHBI KaKMe-TO BKpaIlJIeHN:, HEOGHOPONHOCTH, 4a-
ctuukn. Oco6eHHO HEOMHOPOJHOCTh LUTOIUIA3Mbl BU/JHA IPU U3YYEHUU ee B 3JIeK-
TPOHHOM MMKpoOcKome. PopManbHO CTPYKTYPY LIMTOIUIa3Mbl IOfIpA3fe/NAT Ha TpU
YacTI: OpraHe/UIbl, BKIIOYEHNsA, THATONIa3Ma (OCHOBHAsA IIa3Ma, LUTo30/b). Opra-
He/Ibl — 00s13aTe/IbHbIe 1A M000i1 KJIETKM KOMIIOHEHTBI, 6€3 KOTOPBIX KJIeTKa Ipo-
CTO He MOXKeT IOJJIep>KUBATh CBOE CYLIeCTBOBAHNe; BK/IIOYEHNS — HeoO0sa3aTeIbHbIe
KOMIIOHEHTBI, KOTOPbIe ITPeJICTAB/IAIOT COOOI MV OTIOXKEHNA 3aIIaCHBIX BellleCTB (/-
KOT'€H, JKeJITOYHbIe I'PaHYJIbl, KaIlIi >KMpa WM CKOIIEHVE IIPOAYKTOB MeTaboImn3Ma).
V1 oprasesIbl 1 BKIIOYEHS IOTPY>KeHbI B TMAJIOIIA3MY — KUAKYIO a3y IUTOIIa3Mbl
K/IeTKM. Ba)KHO HallOMHNTB, YTO KJIETKA KaK TaKoBas IIPEACTaB/IAeT co00il MeMOpaH-
HBII MeIIOYeK, 3alI0/THEeHHBII BOJHBIM pacTBOpoM Oenka. Bor mpumepHbIil Xxummde-
CKMI1 COCTaB KIeTKu: Boga — 85%, 6emok — 10, JHK — 0,4, PHK — 0,7, nunugbr —
2, HeOpraHu4JecKme conu — 1, opranmyeckue coefuHennsa — 1%. Ilpumepno 25% ot
CYXOTo Beca KJIETOYHBIX 0€/IKOB IPUXOAMUTCS Ha OeKM >KMAKON (assl syKapuoTude-
CKOJI KJIeTKY, Ha TMajIoa3My. B 6akrepuaibHbIX KIeTKaxX, OeHbIX MeMOpaHHBIMY 3J1e-
MEHTaMI, Ha JOJII0 OeIKOB I'Ma/IOIIIa3Mbl IIPUXOAUTCA OKO/IO IIOJIOBUHBI BCeX O€IKOB
KJIETKIL.



naBa 11

[Manonnasma v opraHenbl

Tepmun euanonnasma (ot hyaline — po3padHbLil), 0CHOBHAS NAAZMA, — MAMPUKC
UUMONIA3MbL UYL YUMO0307Tb 0003HAHAIOM 04eHb BANHYI0 4ACMb KIIeMKU, ee UCHIUH-
HY10 8HYymMpeHHI010 cpedy. [Mamonnasmy fOCTaTOYHO IIPOCTO IIOTYINTD B BUJe PpaKLuiL.
[list atoro mytem auddepernmanbHOro 1eHTpuyrnpoBaHms OCaX/JA0T 13 TOMOTeHa-
TOB KJIETOK BCe TsDKe/lble KOMIIOHEHTBI BIIOTH 70 prbocoM. Hajocagounas sXnuKocTh
B 9TOM C/Iy4ae U IpefcTaB/sieT cO00il PaCTBOPUMBIII KOMIIOHEHT LIMTOIIa3MBI, INMTO-
307Ib MIV TMA/IOIUIa3My. 11T030/1b — He IIPOCTO pa3baB/IeHHbIIT BOLAHBII PaCTBOP; €ro
COCTaB BeCbMa C/IOKEH, & KOHCUCTEHIVS IPUOIIDKAETCs K remio (Kere).

Tenu — 3TO CTPYKTYpUPOBAaHHbIE KOTOMIHbIE CUCTEMBI C SKUAKON AUCIIEPCHOI
cpepnoit. Yactuisl ducnepcHoti $Gasbl COeUHEHBI MeX/y CO00I B PBIX/IYI0 IIPOCTPaH-
CTBEHHYIO CETKY, KOTOpasi COJEPXKUT B CBOUX sTUeIKAX OUCHEPCHYI0 CPefy, MUIIast Te-
Ky4eCTV CUCTeMY B IleIoOM. [e/b r1anonaasmMpl I UTO30/Tb OTHOCUTCS K T.H. THK-
COTPOIIHBIM TeJIsIM, KOTOpPbIe IO, BO3/lelICTBIEM BHEIIHUX YCIOBUIL (TeMIeparypa,
[aBjieHNue) WK BHYTpeHHUX GakTopoB (PakTOpOB cTabMMM3ALNN UK TEeTOMMMEPHU-
3aIl)) MOTYT MEHATb CBOE arperarHoe COCTOsIHNE 1 IEPEXOfUTb B MeHee BS3KYIO,
6onee >xxnuaxyio ¢azy — B 301b (pacTBop). Takme renb-30/1b epexoasl OUYeHb Xapak-
TEpHBI /IS TMAIOIIa3Mbl. TaK, HalpyMep, IIPY BBICOKUX IMAPOCTATUIECKNUX IaBIIe-
HISIX UTOIUIA3Ma He YIUIOTHSETCS, a 00paTtuMo pasxipkaercs. OTherbHble 30HbI TN~
a/I0I/Ia3Mbl MOTYT MEHSTh CBOE arperaTHoe COCTOsIHME B 3aBMCUMOCTHU OT YC/TOBMIL
W OT QYHKIMOHA/IBHON 3a/ja4unt. Tak, M3BECTHO, YTO OT/eIbHbIE MOJIEKY/IbI O€/TKOB-
TyOy/IMHOB MOTYT OBITH AMCIEPIMPOBAHBI B TMAJIOIUIa3Me, HO B OIpefie/IeHHble MO-
MEHTBI OHJ HauMHAIOT COOMPATHCS I CTPOUTD AVMHHbIE TPyOdYaThie CTPYKTYPBI — MU-
KpOTpy6Oo4Kyu. DTOT Ipoliecc caMocOOpKM MUKPOTPyOOUYek 0OpaTuM: Ipu M3MeHe-
HVM YCTIOBUI KV3HY K/IeTKM (TIOBBIIIEHNE aB/ICHISI MV M3MEHEeHe IPOHNIIaeMOCTHI
MeMOpaH KJIeTK)) MUKPOTPYOOUKM PacIafaloTcs 10 MOHOMEPHBIX MOJIEKYI TyOy/Iu-
HOB. TakuM ke 06pa3oM B 6eCCTPYKTYPHOIT Ha IepPBBIIl B3I/ IMa/IOIIa3Me MOTYT
BO3HMKATh ¥ PaclafjaThbCsl pasnuyHble GUOPUIApHbIE, HUTYAThIe KOMITIEKCHI bel-
KOBBIX MOJIEKYIL.

ITogo6HBIe Te/b-307Ib IIePEXOfbI MOTYT ONIPEHe/ATCS TAKXKe FPYTMMU OelKaMu, Ha-
IpyMep, aKTUHOM, KO/IMYeCTBO KOTOPOTO B HEKOTOPBIX HEMBILIEYHBIX K/IETKAX MOXKET
pocturatb 10%. I1pu B3aumonericTBuy GrOPUILIPHOTrO aKTHHA ¢ OeiKaMu Tuma Gpum-
Op1Ha MPONUCXOAUT CTAOMIM3ALNA Teld, a IPU CBA3BIBAHUM C O€lKaMM, aKTMBHOCTb
HEKOTOPBIX 3aBUCKT OT KoHIeHTparuu Ca?* (renb30/1nH), IpouCcXoauT pparMeHTars
bubpuII 1 TIepexoy; BCelt CUCTeMBI B SKUIKOe COCTOsiHME (3071b). TakuM IIyTeM MOXKeT
MEHSATbCS COCTOSIHME LIUTOIUIAa3Mbl B Pas/IMYHBIX y4aCTKaX KJIETKH, YTO obecrednBaer
JIBVDKEHIIe BCelT KJIETKV VIV OT/e/IbHBIX €€ BHY TPUK/IETOYHBIX KOMIIOHEHTOB.
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DyHKIMOHA/IbHOE 3HAYeHMe TI'Ma/IOIIa3Mbl OYeHb BEVKO. 371eCh JIOKATN30BaHbBI
(bepMeHTBI, yJacTBYIOLYE B CUHTE3€ aMUHOKIC/IOT, HYK/IEOTU/OB, )KMPHBIX KUC/IOT, Me-
Tabo/MM3Ma caxapoB. B rnanomnasme IpoUCXOAUT CHHTE3 M OTIOKEHME 3aIIaCHOTO II0-
JMcaxapyja IIMKOTeHa, HAKOIIEH)e 3allaCHBIX JKMPOBBIX Kalle/lb, COCTOALINX U3 TPU-
ALVIIINIEPON/IOB. 3/1eCh >Ke IPOUCXOAT IPOLeCChl INIMKoMM3a 1 cuHTe3 yacT ATO.
B ruanonnasMe Ha pubocomax u MOMMprOOCOMax, HeCBSI3aHHBIX ¢ MeMOpaHaMuy, Ipo-
VICXOIUT CUHTe3 0eIKOB, HeOOXONMMBIX KJIeTKe /I NMOANEP)KaHNA ee SKU3HENeATe Ib-
HOCTH, JU/IA NMOCTPOEHMS ee OpPraHe/l. 3MIech >Ke IMPOMCXOAUT aKTMBALUA aMIHOKIIC-
JIOT C IOMOIIBIO Cllennu4ecKnx pepMeHTOB U CBA3bIBaHMe 1X ¢ TpaHcdepubiMu PHK.
B nmrosone Taxxe nmpomcxogut Mopudukanna ¢pepMeHTOB (Hampumep, Gocdopnmm-
poBaHMe), IpUBOJALIee K MX aKTUBALVI VIV K MHAKTMBALVIN, IIPOMCXOMUT flerpajalus,
paciernieHye 6elKOB, C TIOMOLIbIO CHelpIYecKNX IIPOTENHA3 U Jp.

B unrTo30s1e Ha pacoIoKeHHBIX TaM PUOOCOMAX CUHTE3UPYIOTCA Oe/IKM, TPAHCIIOp-
THpYeMble B pas/IMYHble YIaCTKM KIETKI. 3[eCh Xe OCYIIeCTB/IAeTCs CUHTe3 BCexX Oer-
KOB KJIETOYHOTO Afipa, O0/bIIasg 4acThb OeIKOB MUTOXOHAPUIL U IUIACTHUJ], OCHOBHbIE
Oe/IKM MepOKCUCOM. DTU I'PYIIIBI 0€/IKOB MIMEIOT CBOV CUTHA/IbHbIE aMVHOKVCIOTHBIE
HOC/IeOBATeIBHOCTY, KOTOPbIe Y3HAIOTCS COOTBETCTBEHHO SA[IEPHBIMI ITOPAMM, VIV
MeMOpaHaMi, YTO ITO3BOJISIET ATUM Oe/IKaM TPaHCIOPTUPOBATHCS Yepe3 MeMOpaHBbI 1
HOINalaTh BHYTPb MUTOXOHPUIL, HEPOKCUCOM.

CyHTe3 CeKpeTOPHBIX 6€/IKOB, 0€/IKOB 1130COM, BHEK/IETOYHOT'O MAaTPUKCa TAKKe Ha-
YIHAETCS B TMAJIOIIa3Me, HO ITOC/Ie KOHTAKTa ¢ MeMOpaHaMI IPaHY/IAPHOTO SH/IOIIIA3-
MaTU4YeCKOTO PeTUKYITyMa KOMIUIeKc pubocoma-nHpopmannonHas PHK-nenruy oka-
3bIBA€TCA CBA3AHHBIM C MeMOpaHaMM, a CUHTe3UPYIONIIcsA 60K KO-TPaHC/IALVIOHHO
HEepeHOCUTCA Yepe3 MeMOpaHy U OKa3bIBaeTCs B IIOIOCTY MEMOPaHHBIX BaKyoOJIelL.

Kpome cTpyKTypHBIX 6€KOB 11 (PepMEHTOB B IIUTO30/1€ B PACTBOPEHHOM COCTOSHUN
COIEPXKUTCS OTPOMHOE KOIMYECTBO AMUHOKVIC/IOT, HYK/IEOTU/OB 1 IPYTUX CTPOMUTEIb-
HBIX 6JIOKOB OMOIONMMEPOB, a TAK)Ke MHO)KECTBO MeTaOO/IUTOB — IIPOMEXYTOYHBIX
IPOAYKTOB, BOSHUKAIOIINX [PV CUHTe3€e I pacliajie MaKpOMOJIEKY/L.

[manonmasMa cogepXuT 60/IbIIIOe KOMTMYECTBO NOHOB, HEOPTaHIYECKIX COeMHEHNUA,
takux Kak Na*, K*, Ca?*, Cl, HCO;~, HPO;™ u np. [Ipy 9TOM KOHIIEHTpaLs 9TUX IOHOB
CTPOTO AeTepMMHUPOBAHA U PETYINpPYeTCcsa MEMOPaHHBIMY KOMIIOHEHTaMM K/IeTKIL.

dopmanbHO, 10 MOPOTOTMYeCKUM IPpU3HAKAM, 00sA3aTeIbHbIe KOMIIOHEHTBI IIITO-
I/Ia3Mbl, OpPraHe/UIbI YIM OPTaHOM/BI, MOXKHO Pas/ie/INTh Ha IBe IPYIIIIbI: MeMOpaHHbIe
1 HeMeMOpaHHbIe (cM. puc. 1.5). MeMOpaHHbBIe OpraHe/Ibl TaK XKe IIPeICTaBIeHbI IBYMS
BapMaHTaMI: OffHOMeMOpaHHbIe 11 ByMeMOpaHHbIe. K epBbIM OTHOCATCS OpraHe Ibl
BaKYOJLIPHOII CUCTEeMbI — 9H/IOIUIA3MAaTNIeCKII PETUKYIyM, almapar [ombmKm, mms3o-
COMBI, IIEPOKCHCOMBI U JIpyTHue CIelann3upoBaHHble BaKyO/Il, a TAaKKe IIa3MaTuye-
ckast MeM6pana. K fByMeMOpaHHBIM OpraHe/UIaM OTHOCATCS MUTOXOHZPUM, a TAKXKe
KJIeTOYHOe ARpo. K HeMeMOpaHHBIM OpraHe//IaM IPMHAIEKAT PYOOCOMBI, K/IETOYHBII
LIEHTP >KMBOTHBIX KJIETOK, IIOCTOSIHHO IIPMUCYTCTBYIOLYE B K/IeTKax. YTo ke KacaeTcst
37IEMEHTOB KJIETOYHOTO CKeJIeTa, LIMTOCKe/IeTa, IIOCTOSHHOM KOMIIOHEHTBI K/IeTKM, eTO
BBIPOKEHHOCTb MOXKeT 3HAYMUTETbHO MEHATHCS B TeYeHVe KJIeTOYHOTO IVK/IA, OT MOJI-
HOTO JICYe3HOBEHNSA OJHOTO KOMIIOHEHTa (HalpyMep, IUTOIUIa3MaTHYeCcKue MUKPO-
Tpy6OUKM BO BpeMs MIUTO03a), [0 IOSIBJIEHNA HOBBIX CTPYKTYP (BepeTeHO MUTO3a).
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Puc. 11.1. Mogenb anvkanbHOro paioHa rvda rpumba:

1 — nna3maTtuyeckas MembpaHa; 2 — 3HAOMNNa3MaTUYECKU peTnkynym; 3 — membpaHbl annapata [onbaxu; 4 — mu-
TOXOHAPWY; 5 — BMAYMBAHMA NNa3MaTNYeCKO MemMbpaHbl; 6 — anuKasnbHble BaKyosu; 7 — MUKPOMY3blpbKY; 8 — crou
KneTouHow cTeHkK (no Girbardt, 1969)

OO6wmuM CBOMICTBOM MeMOPAaHHBIX OPraHe/UI ABJAETCA TO, YTO OHU ITIOCTPOEHBI U3
NMUIIONPOTENTHBIX IITIEHOK, MM IIEPENIOHOK, TOHKMX C/IOEB, 3aMbIKAIOIIMXCA CaMI Ha
cebs TaK, 4YTO OHM 0OPA3yI0T 3aMKHY ThIE ITOJIOCTY VI TEM CAMBIM Pas3fie/IAIoT IIUTOIIA3MY
Ha IPYTITY Pas/IMYHbIX OTCEKOB. BHYTpeHHee coflep>KMMOe 3TUX OTCEKOB MM BaKyorIeil
BCeIZa OTIMYAETCA OT COIEP KMMOTO I'MaIOIIIa3Mbl. TOMIIMHA TaKNX I/IEHOK-MeMOpaH
O4YeHb Majia — OKO0 7-10 HM, II0 BeCy OHM 3aHMMAIOT OKOJIO 4% OT Beca KIeTKM, HO
OYeHb 3HAYNUTE/IbHA IUIOIA/Ib KJIETOYHBIX OuoMeMOpaH. Tak, rermarount, MMeOLINIil B
HomnepeyHNKe 0Koao 20 MKM ¥ 3aHMMaoImuil 06beM okomo 5000 MKM®, OKpY>KeH IITa3-
MaT14ecKoil MeMOpaHoit ¢ 061t mromaapio 2200mMKm?. O6111ast Ke oAb ero BHY-
TPUK/IETOYHBIX MeMOpaH B 50 pa3 6onbite u coctapsger 110000 mxm? (!). B anekTpon-
HOM MMKPOCKOIIe IIUTOIIa3Ma KJIeTOK IIpefiCTaB/IAeTCA Kak Obl 3aII0JTHEHHOI IIEHOM 13
3aMKHYTBIX MeMOpPaHHBIX ITy3bIPbKOB, VIMEIOINX Pa3HYI0 (GOPMY: OKPYI/Ible BaKYOIN.
IUIOCKME 3aMKHYTbIe MEIIOYKY, U3BUTbIe TPYOKM U T.i. B remarorure Ha om0 1ia3-
MaTM4YecKoil MeMOpaHbl IPUXOAUTCS NPUMepPHO 2% OT BCeX KIeTOYHBIX MeMOpaH, Ha
BaKyOJLIPHYIO cucTeMy — 58%, Ha MUTOXOHApUM — 40%, Ha BHYTPEHHIOI MeMOpaHy
Anpa — okono 0,2%. VI3 mpyuBeieHHBIX BBbILE JaHHBIX BUJHO, YTO MeMOpPaHBI KJICTKIL,
VIV KaK VX Ha3bIBAIOT 061I0MeMOpaHbl, 3aHMMAIOT OfJHO U3 BEYIIUX MECT B CTPYKTYP-
HOJI 11 PYHKIIMOHA/IBbHOI OpraHusanuy kiaetknu (puc. 11.1).



naBa 12

O6wwue cBOMCTBA
bronoruyeckux memopaH -
NAMNONPOTeNAHbIX KOMNNEKCOB

Bce 6e3 mckimoyeHNsA KIeTOYHbIe MeMOpPaHbl IOCTPOEHBI IO O0IIeMy IMPUHIUITY:
9TO TOHKIE JIUIIOIPOTENIHbIe IVIEHKM, COCTOAIE 13 ABOWHOTO C/IOS JIMIVIHBIX MO-
JIEKYJ1, B KOTOPBII BK/IIOYEHBI MOJIEKY/IBI 6e/iKka. B BecOBOM OTHOIIEHMN B 3aBUCUMOCTHI
OT Tuma MeMOpaH Ha [0 TUIUA0B npuxoautcs 25-60%, Ha nomo 6enkoB 40-75%.

B cocTaB MmHOTrUX M€M6paH BXOAAT YITIEBOADL, KOMMYIECTBO KOTOPBIX MOJKET JOCTUTATb
2-10%.

1. CTpyKTypHOI1 0CHOBOI1 MeMbpaH ABNAeTCA
ABOWHON CNON NMNNAOB
K munmpam orHOCKUTCA 60/bIIAs IPYIIa OPraHMYeCKUX BellleCTB, 00/IaJaloNINX IIJI0-
XOJ1 pacTBOPUMOCTBIO B Bofie (rmpodoOHOCTD) 11 XOpOolIei paCTBOPUMOCTBIO B Opra-

HIYeCKMX pacTBOPUTENAX (MMIOoPUIbHOCTD). COCTaB ININ/OB, BXOAAIIVIX B MEMOPaHbI
KJIeTK!M, OYeHb pasHooOpaseH (puc. 12.1). XapakTepHble NpeACTaBUTENN IUINIOB,

muueponunuabl ChuHronnnugbl

QochaTnann- ChuHrommenut
-3TaHoN- -CEPUH __ -UHO3UT “XONVH

aMviH (kedanuHbl) (neunTnH)

Puc. 12.1. CTpyKTypHble GOpMynbl HEKOTOPbIX BaXKHENLLMX NNNUZ0B
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BCTpeYalollNecs: B KJIETOYHBIX MeMOpaHax, — gpocgonunuodvt (rmepodocdarussr),
cpunzomuenunol Vi N3 CTEPOUIHBIX TUINJIOB — XOTECHePUH.

ImuepodocdaTuapl, Min IMULEPONUIIAIBL, IPEfCTABIIAIOT COOO0T CTIOKHbIEe 3pUpBI
TPEXaTOMHOTO CIIUPTA IIVILIEPUHA C IBYMS XXMPHBIMU KUCTOTaMu 1 ¢ pocdhopHOIT Kuic-
JIOTOI1, KOTOpasi B CBOI0 O4Yepeib MOXKET OBITb CBsA3aHA C Pa3IMYHBIMM XVMUYECKIMU
rpymnnamu (XO/NH, CepyH, MHO3UT, STAHONAaMMH U fip.). Hamipumep, B cTpyKTypy Hanbo-
Jlee 9acTO BCTPEYAIOLIETOCs B MeMOpaHax IIMIepOININ/A JTeLUTIHA BXOAAT YIaCTKI
IBYX )KVMPHBIX KICIIOT, INLepuHa, GocdOpHOIL KUCTOTHI ¥ XO/MHA.

[Ipyras rpymna MeMOpaHHbIX IMITN/IOB Ha3bIBAeTCsl CPUHTOMHEIMHOBOIT, B Hell ITIN-
LIepVH 3aMell[eH aMIHOCIIMPTOM C(MHTO3MHOM.

V13 mUnupoB, OTHOCAIIMXCA K CTEpOMaM, O0JIblile BCETo B MeMOpaHax Xo/lIecTepyHa.
B pacTuTenbHBIX K/IeTKaX XO/NeCTepMH He OOHApy’>KeH, ero TaM 3aMeHAIT (PUTOCTe-
PMHBL Y 6aKTepuit CTepMHBI OTCYTCTBYIOT.

XapaKTepHOI 0COOEHHOCTBIO NUINJ0B MeMOpaH SIB/IAETCS pasfie/ieHNe UX MoJe-
Ky/IBl Ha JiBe (DYHKIMOHA/IbHO pa3/INyHble YacTI: HeIOJIApHbIe (He Hecylye 3apsioB)
XBOCTBI, COCTOSIIIIVIE U3 XKMPHBIX KUCTIOT, U 3apsDKeHHBbIe IOJIApHbIe TOTIOBKY (puc. 12.2).
[TonsApHbIe TOIOBKM HeCYT Ha cebe OTpUIjaTe/IbHbIe 3aps/Ibl VI MOTYT OBITh HEMTPaIb-
HBIMM (B CTy4ae, eC/Ii OHU MMEIOT O HOBPEMEHHO IIOJIOKUTE/IbHbIE 1 OTPUIIATe/IbHbIe
3ap;1,11b1). Hannune HEIIO/IAPHBIX XBOCTOB JINIIVITOB O6’I)HCHH€T nx XOpOLHyIO pacTBOpU-
MOCTb B JKUPaX ¥ OPTaHNYECKIX PACTBOPUTEIAX.

Ec/u nonsipHble IUITN/BI CMEIIATh C BOOIL, TO 00pasyeTcst 9MY/IbCHsL, COCTOSIIAS U3
mutest. [Ipu aToM He3apspkeHHbIe (T1apodoOHbIe) XBOCTHI OY[yT CTPeMUTHCSI 06paso-
BBIBAaTbh OJHOPOZAHYIO a3y B IieH-
Tpe MIULE/IBL, ¥ 3apsDKEHHBIE, TH-
npodunbHbIe, TOIOBKM OYAYT TOP-
4aTb B BOJHYI0 (asy. XomecTepuH
caM 110 cebe MuLe/T He 06pasyer,
HO JIETKO BK/TIOYA€TCSA B MUI|ETIIbI
IOJLIPHBIX JINIINZIOB, B Pe3y/IbTaTe
4ero 00pasyloTCs MULEIbl CMe-
maHHoro tuma. Ecmu, Haob6opor,
K IunupaM Ao0aBUTb HEMHOTO
Mac/a, To 00pasyrTCs MULIE/UIBL,
KakK 6bI BbIBepHyTbIe HaI/I3HaHKyI
uX ruzpodoOHbIe XBOCTBI OYAYT
TOpYaTh B Mac/sAHyI0 ¢asy, a 3a-
psDKeHHbIe (ruppoduiabHbIE) ro-
NOBKM OYIyT pacronaratbCsA BHY-
Tpu Mutiensl (puc. 12.3).

: Ha mnoBepxHOCTM BOABI pac-
TBOPBI TOJIPHBIX JIMIIUJOB, pac-

.mm TeKaACh, OOpa3ylT MOHOMOJIe-
KY/JIIPHYI0 IUICHKY, B KOTOPOI
Puc. 12.2. Cxema cTpoeHus monekyn ¢pochonnnnaos B BOAHYI0 (pasy 6yayT HalpaB/IeHbl
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3apspDKeHHble  (IMApPOQWIbHBIE) —TO-
JIOBKY, a HEMOJISIPHble XBOCTBI OYAyT
obpallleHbl B CPaBHUTEIBHO TMAPO-
¢dobuyIo BospyiHyIo pasy. CMersast
C BOJOI SKCTPAarMpOBaHHBIE U3 MeM-
Opan /mumuabl wm O6eps cMecu pas-
HBIX JIMIINZIOB, MOXXHO IOJMYYUTb OM1-
MOJIEKY/ISIPHbIE CTIOM WM MeMOpaHbI
TOJIIMHOM OKONO 7,5 HM, ITie IepHu-
bepuyeckye 30HBI C/IOS, CMOTPSIIIVE
B BOZIHYIO a3y, OyayT copepyKarhb nc-
K/IIYUTE/IPHO IIO/IApHbIE T'OJIOBKM, a
He3apsDKeHHBIe XBOCTBI OyayT o6pa-
30BBIBaTh 00LIYI0 rUAPO(OOHYIO IieH-
TPaJbHYI0 30HY TaKoil 00pa3oBaB-
trevicst MeMbpansl (puc. 12.4).

9Ta CMocoOHOCTh TUINOB CaMo-
IPOM3BOJIBHO 00pa3oBBIBATH MeM-

Puc. 12.3. MOHOMONEKYNAPHbIVA CNOA NMMUAOB Ha MO-
BePXHOCTV pa3gena $a3 Bofa-Macio U MULenibl Innu-
OpaHHblE  CTPYKTYPBI OIIPeNeNA-  nog g Mache 1 BoAe

eTCsA CBOWCTBAMU CaMUX JUMNUMOB, a

VIMEHHO Ha/In4meM B UX CTPYKTYpeE

NO/PHBIX TOMOBOK ¥ HEIO/SPHBIX J

XBOCTOB. | : .
B TaKuX NCKYCCTBEHHbIE CCTeMax | i

MAINJHBIE MULE/UIBL M MeMOpaHbl Vy yww

MOTYT B3aIMOJIeICTBOBATD C beKaMm

CBOMMYI MOIAPHBIMY 30HAMY MM TH- Puc. 12.4. CnnowHon ?I/IJ'IVII'IVI,El,HbIVI cnoit, obpasyoLwuii-
1poOGHBIMI XBOCTAMIL, TIPU 3TOM CA B BOJI€ NPV BbICOKOW KOHLIEHTPALMN IMNNI0B
00pasyloTcsa VCKYCCTBEHHbIE JIMIIO-

IpOTeNIHbIe MeMOpaHbI, CXOZHBIE C TeMV MeMOpaHaMI, KOTOpbIe MOXKHO BBIIE/IUTD U3
KseToK. OHI UMeIOT TONIMHY OKo/Io 7,5 HM. ITp1 oKkpacke 4eThIpeXOKMCbI0 OCMUS KC-
KyCCTBEHHbIe MeMOpaHbl 0OHAPY>KMBAIOT B 9JIEKTPOHHOM MMKPOCKOIIE TPeXCIOMHYI0
CTPYKTYPY: [iBa TeMHBIX IlepudeprdecKnx CIos 10 2,5 HM U CBETIIBIil, [eHTPa/IbHBbII,
IIpUMEPHO TaKOM >ke TOJIIMNHBI. EcTecTBeHHbIE K/IeTOYHbBIE M€M6paHbI MMEIOT TaKO€
)K€ CTpOEHNe.

HeobxomynMo MOg4epKHYTb, 9YTO KaK MCKYCCTBEHHbIE, TAK U €CTeCTBEHHBbIE MeM-
OpaHBbI He IPEICTAB/IAIT cOOOI IIOCKME C/IOY, OHY BCEria 3aMKHYTBI caMM Ha ce0s,
00pasys Mojible BaKyO/IN, ITy3bIPbKIL, Be3UKYIIbI, INIOCKIE 3aAMKHY Thle MELIKY VU TPYyO-
JaTble 00pa30BaAHMA.

O6pasoBaBIunecs ICKyCCTBEHHbIE TUIIMIHbIE MEMOPaHbI CTY>KaT HeITPOHNIIaeMbIM
6apbepoM 1A MI0OBIX 3apsXKEHHbBIX MOJIEKYII, JaXKe [/ IOHOB COJleil. DTO OIpefesnsaeT
OCHOBHOE (DYHKIIMOHA/IbHOE CBOJICTBO MeMOPaH - CITY>KUTb IIPErpajioii A/ CBOOOTHOI
¢ dysun yepes c1oi MUIUAOB. ITO CBOIICTBO MOXKET OBITH MCIIOTIb30BAHO I IPaK-
TUYEeCKUX Lesieil. Tak mpyu cMeImnBaHUM IUINMAOB B BOGHOI cpefie obpasyeTcs macca
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Puc. 12.5. Jlunocoma: 3aMKHYTbIA GUANMUAHBIA CoN
B BUe BaKyonu

HO/IBIX MeMOPaHHBIX ITy3bIPbKOB, IUIIOcoM (puc. 12.5). KupkocTs, momasmas BHYTpb
3TUX ITY3BIPBKOB, yKe He MOXKeT CBOOOTHO 0OMEHMBATHCS C XKUJKOCTDIO, HAXOAAIIeCs
cHapyxu. Takum 06pa3oM MCKYCCTBEHHbIe MEMOPAHBI TMIOCOM MOXKHO «3arpy3WUTh»
JIeKapCTBEHHBIMU BellleCTBaMM, KOTOPble MOTYT B HY>KHbIX KOHI[€HTPalliAX IIOCTYTaTh
K KJIETKaM.

2. MembpaHHbie 6enKn BCTPOEHbl B GMAMNNAHDII cnoi

B cpenneM B MIoIpoTenaHbIX MeMOpaHax 6eki 1o Becy cocrasiaoTr 50%. Ho xo-
JM4ecTBO OE/KOB B Pa3HBIX MeMOpaHax MOXKeT OBbITb pasmnyHbIM. Tak, B MeMOpaHax
MUTOXOH/PUIT Ha JOMTI0 6€/TKOB MPUXOAMUTCS OKOJO 75%, a B ITa3MaTU4eCcKoi MeMOpaHe
K/IETOK MMETMHOBOI 0607104KY — 0KO07I0 25%. Ho Tak KaK MMINIHbIE MOJIEKY/IbI MMEIOT
He6o7b11I011 pasMep (0komo 0,5 HM) 1 MOJIEKY/IIPHBII BeC, MX YUCTIO TT0 OTHOLIEHNIO K
41CTy OeKOBBIX MOJIEKYII BhIlie B 50 pas. [ToaTomy 6ekoBble MOIEKYIbI KaK ObI BKpa-
IUIeHbl B OV/IMIINTHBIN C7I0¥ MeMOpaHbl. YacTh U3 HUX CBA3aHA C IMIVHBIMU T'O/IOB-
KaMJI C IOMOIIbIO IOHHBIX (COJIEBBIX) CBA3€ U II03TOMY JIETKO SKCTPATUPYeTCA 13 MeM-
6paH pacTBopaMu coreii. JIpyrie o6pa3yioT coyeBble CBA3Y C IO/APHBIMM Y4aCTKaMU
JIMINJIOB Yepe3 B3auMopelicTBue ¢ noHamy Mg** wmm Ca?!, Takue 6elIKy sKCTparupy-
I0TCSI C TIOMOIIBIO Xe/TATHBIX COeIMHEH N, TaKuX, Kak BepceH (D TA). Takme nerko skc-
Tparupyemblie Ge/Ky 6OJIbIIelT YaCThI0 PACIIONIOKEHbI Ha MeMOpaHaxX CO CTOPOHBI L{U-
TOITa3Mbl. B niironasmMarndeckoit MeMObpaHe 3TH O€/IKM TeCHO CBA3aHBI C O€TKOBBIMU
CTPYKTypaMM LIUTOCKETIeTa.

Bornbiast yacTh 6€/IKOB B3aMMOJIEIICTBYET C MUIMAAMI B COCTaBe MeMOpaH Ha OCHOBe
ruzpodo6HbIX cBsizeit. OKa3anoch, YTO MHOTVE MeMOpaHHbIe O€/KI COCTOAT KaK ObI U3
[IBYX YacTell: U3 y4aCTKOB, OOTaThIX IO/IAPHBIMM (HECYIIMMIU 3apsij]) aMUHOKUCTIOTaMU,
Y YYaCTKOB, OOOTAl[eHHBIX HEMOIAPHBIMY aMWHOKVC/IOTaMy (IIMITHOM, aJIaHNHOM,
Ba/INHOM, JIeVinHOM). Takme 6e/IKu B IMIMAHBIX CTI0SIX MeMOpaH paclonaraloTcs Tak,
YTO MX HEHOJIAPHBIE YYaCTKM KaK ObI IIOTPY>KEHbI B «KVMPHYI0» 4aCTb MeMOpPaHBbI, I7ie
HaxopATcsa TupodoOHble yyacTky munujos (puc. 12.6). Ilonsapuas (ruppodunbHas)
K€ YacTb TaKuX 0e/KOB B3aMMOJIETICTBYET C TOIOBKAMU JIMIINAIOB U ofpalleHa B CTO-
poHy BoziHOI dassl (puc. 12.7), moaToMy Takue Oe/Ku, CBsI3aHHbIE C TUIIAMU Iy TeM
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Puc. 12.6. Mo3aunyHaa mogenb («nunuaHoe o3epo»)  Puc. 12.7. BsaumopeiictBrie 6enkoB ¢ NUNUAHBIMK
KNeTOYHbIX MeMOpaH CNOAMM:

a — VIoHHble ¢BA3M; 6, 8 — rUAPOGUNLHO-TMAPOGOBHBIE
B3aIMOAEICTBIUA BENKOB C BUIMMUAHBIM CIOEM

rupodOOHBIX B3aMMOJEVICTBIIT, IPAKTUIECKN He 9KCTPArupyloTcs B BOGHBIX ¢asax.
VIX MOXXHO BBIIEINTS, INIIb paspyluas MeMOpaHy, SKCTPAarupys u3 Hee JTAIU/BI VI
OpraHNYeCKUMI PACTBOPUTE/IIMMU, WK feTepreHTamu. [loaTomy atu Genku MeMOpaH
¥ Ha3bIBAIOT UHMEZPATILHBIMU.

Pasmep MHTerpanbHBIX MEMOPaHHBIX O€/IKOB B CpefjHEM paBeH 8 HM, HO BCTpeda-
I0TCsI KpyIHble 6eku — 10 35 HM BemnunHoit. OOBIYHO 3TO OYeHb aCUMMeTPUYHbIE
0 CBOEI IpUpofie OENKM U COOTBETCTBEHHO aCMMMETPUYHO JIOKATM30BAHBI B MEM-
OpaHe: ux pasHble pyHKIMOHATbHBIE YaCTV TOKA/IM30BAHBI [10 00€ CTOPOHBI MeMOpaHbI,
U Bce GeNKM JAHHOTO TUIIA PACIONOXKEHbI OAMHAKOBO. C IUTOIIA3MaTIIeCKOI CTO-
POHBI MeMOpaHbl MHTErpajIbHbIE Oe/IKY CBA3aHBI ¢ epudepruecKuMu 6enKamu.

OTU mpencTaBeHNs, MOTyYeHHbIe NPV M3yYeHUM XVMUM KJIETOYHBIX MeMOpaH,
ObUIM 671ecTAIe MOATBEPXKAECHBI MOP(OIOrNYeCKUMMI UCCIefoBaHAMMU. [Ipu ucnons-
30BaHNUM METOfja 3aMOPAXVMBAHVsI-CKAIBIBAHNS, CKONT Yepe3 MeMOpaHbl MOXKET UATH
4epes LIEHTPAJIbHYIO, IUIINHYIO0, 30HY. B 9TOM crydae o6Ha)kaeTcst Macca 17100y, 6er-
KOBOJI IIPUPOJIbI, HAXOMAIIUXCA B
cocraBe JMINIHOTO cos. Pasmep
TaKMX 71006y 0K0/mo 4-8 HM. T
U ApyTye 6MOXMMIYeCKye JaHHbIe
IIOCTY>XU/IM OCHOBON ISl CO3fa-
HUS MOfleTM MeMOpaHbl C MO3a-
WYHOM YK/Iafikoil: MeMOpaHa co-
CTOUT 3 HEIUVIOTHO YIIaKOBAHHBIX
0€/IKOBBIX ITIOOY/ISAPHBIX O€IKOB,
CBOOOJIHOE IIPOCTPAHCTBO MEXIY
KOTOPbIMM ~ 3AaIIOJTHEHO  JIVIINJ-
HBIMM MojeKymamu (puc. 12.8).
[Ipu aToM 4acTh O€IKOB MOXET
OBITb CBSI3aHA TOJIBKO C MOJAP-

Puc. 12.8. AcuMmeTpuYHOE pacnonoxeHve monekyn 6en-
KOB B MeMmbpaHax, onpegensemoe pacronoxerunem C u
HBIMI TPYIIIAMI JINIINOB M MO-  N-KkoHLeBbIX M a-CAMPaNbHbIX YYacTKOB MOAMMENTUAHbIX
JKeT HaXOJUTHCS Ha IIOBEPXHOCTM  Leneit
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OMININMIHOTO CTIOST; APYTHe OENKM MOTYT YaCTUYHO WM [jaXKe TIOTTHOCTBIO IIOTPY>KEeHBI
u3-3a I'UAPO(OOHBIX CBOICTB CBOMX YYACTKOB B IMIINIHBIN C/IOI; TPETHY — MOTYT IPO-
HM3bIBaTh MeMOpaHy HacKBO3b. VIHTepecHO, 4TO 6OJbIIast YaCTh TUINHBIX MOJIEKY/I
(70%) He cBsi3aHa Cc Ge/IKaMM, TaK YTO OENIKOBbIe MOJIEKY/IBI KaK ObI IIABAIOT B «IUIINA-
HOM 03epev.

3. Jlnnuabi n 6enku membpaH obnapgarot
natepanbHoOii NOABKHOCTbIO

VccnenoBaHme MCKYCCTBEHHBIX JIMIIMAHBIX 61C/I0€B IIOKA3ajI0, YTO 9TU MeMOpaHbI
IPeJICTAB/IAIOT COO0I BYMEPHYIO XKVU/KOCTD, 00/TaJaloII IO BA3KOCTbIO, CPABHUMYIO C
BA3KOCTBIO OJIMBKOBOTO Macja. B cocTaBe TakyX 1 eCTeCTBEHHBIX MeMOPaH MOJIEKY/IbI
JIMINJIOB TIOCTOSHHO ABIDKYTCA C OTPOMHON CKOPOCTBIO (KoadduuyeHT auddysun
mns HuxX paseH 1078 cm? X ¢!), gocTuratomeitr 2 MkM 3a 1 c.

JIunupHble MOIEKY/IBI ABUTAIOTCS BIOJIb IUIIALHOTO CI0SI, MOTYT BPAIlaThCs BOKPYT
CBOE€IT 0CH, @ TAK)Ke IEPEXOANUTD U3 CIIOSI B CIIOM, YTO IIPOUCXOAUT PEIKO U C IIOMOIIBIO
CIIeNajIbHbIX TIEPEHOCYNKOB. Benki, mmaBawiue B «IMIUTHOM 03epe», TakKe 00/1a-
[AIOT JIaTepaIbHOM, IIPOJOIBHOI MOABVKHOCTBIO, HO CKOPOCTH UX IIepeMelleHNs B Jie-
CATKM M COTHU pa3 HipKe. VI3y4yarp nepeMelieHne 6elKOBBIX MOJIEKYII B COCTaBe MeM-
OpaH Ha XMBBIX KJIETKaX MPOIIe Ha IpYMepe I1a3MaTnieckoit MeMbpausl. benkn mas-
MaTM4ecKoit MeMOpaHbl, IJIMKOIPOTENHBI, YaCTO MMEIOT OIUTOCaXapyuiHble [[eTTOYKH,
CMOTpsill{Vie Ha BHEKJIETOYHYIO CPefLy.

[ mccnenoBaHys CBOVICTB IIA3MaTUYeCKON MeMOpaHbI LIMPOKO MCIIOMb3YIOTCS
sieKmunbl, 6eNKY PaCTUTENTBHOTO ITPOUCXOKIEHNS, KOTOPbIe CrielnuIecKn CBs3bIBa-
I0TCSI C O/IUTOCaxapyuaaMy MeMOpaHHBIX 6enkoB. Tak, mekTuH KoHKaHaBamnH A (KoHA),
BbI/Ie/IEHHBIIT 3 PACTEHNUS KaHABATNU MEUEBUIHO, CBA3BIBAETCS C ONMUTOCAXAPUIAMI,
VIMEIOIIMMI Ha KOHI[aX IVIIOKO3Y JMINM MaHHO3Y. JIeKTH 13 6000B cOM CBA3BIBAETCS C
N-aneTuIrmoKo3aMIHOM, a JIEKTUH 13 IPOPOCTKOB MIIEHNIbI, KPOME TOTO, U C rajlaK-
T03011. Ha moBepxHOCTH G€IKOB-/IEKTIHOB MMEIOTCS JiBa Wy Oojiee paitoHa crienndu-
YeCKOTO CBS3BIBAHVA C yIIeBOofaMy. Ec/u IeKTHHBI Z0OaB/IATb K B3BECU SPUTPOLIUTOB,
TO 3TO BBI3BIBAET X OCAXKJIEHNE, COTPOBOXK/JAIOIIeeCs CTUMTAaHUEM — A22/IHOMUHAUUS.
[ToaTOMY /IEKTMHBI €llje Ha3bIBAIOT arT/TIOTHNHAMIA.

Yno6HO perncTpupoBaTh JEKTVHBI Ha IOBEPXHOCTM KIETOK C IOMOIIBI0 MMMYHO-
¢ryopecrienTHOTO MeTozia (CM. BbIlle). VIcIO/Mb30BaHMe 9TOTO METO/A ITO3BOIMIIO UIC-
CJIE[I0BATh PACIONOXKeHne OeTKOB B INTOCKOCTU MeMOpaH. Tak, 0Ka3amock, 4To Ipu J0-
6aBjIeHNM K K/IeTKaM, IOBEPXHOCTDb KOTOPBIX cBsizaHa ¢ KoHA, anTuTen npotus KoHA,
Me4YeHHBIX (PITyOpOXpoMOM, 0OHAPYKMBAETCS CBeUYEHIIe 110 BCeVl TIOBEPXHOCTY KIIETKI.
ITO 3HAYUT, YTO MeMOpaHHBIe OETKU-TTMKOIPOTEN I, ONMCAXapUIAHbIe [el KOTO-
PBIX 00pasyIoT C/10i1, pABHOMEPHO Pa3dpOCaHbl [0 HOBEPXHOCTH KIeTOK. OfHaKO Yepes
HEKOTOPOe BpeMsI Ha IOBEPXHOCTY K/IETKY BIJHO He CIUTOLIHOE CBeYeHe, 8 OT/ieIbHbIe
MHO>XXeCTBEHHbI€ IIATHA WM TOUYKM (MX Ha3BajM «3allaTKaMi», I0-aHIIUIICKH patch).
3aTeM 9TI MATHA COOMPAIOTCA B OFHY 30HY — «KOJITau0K». C1eoBaTenpbHoO, 6eKy, CBsi-
3aHHbIE C JIGKTMHAMU, MOTYT OBICTPO IepeMelLaTbCsl B IUIOCKOCTY IUIa3MaTUYeCKO



Inaga 12. O6wue cgolicmea 6uoso2u4ecKUX MeMOPaH - IUNONPOMeUOHbIX KOMNIEKCO8

167

Punc. 12.9. I'IepememeHl/le BAOJb NSIa3MaTNYeCKon MEM6paHbI CBA3aHHbIX NEKTUHOB:
a — NepBUYHaA Nocaaka; 6 — 0bbefUHEeHNe B MeNKMe CrycTKU; 8 — 06pa3oBaHme «KOMMayKoB»

MeMOpaHbL. VIHTepecHO, YTO «KO/MIavoK» Bcera popMupyeTcs Hajj TeM MeCTOM KJIeTKH,
I7ie HaXO#ATCSA LeHTpnon 1 anmapar lonbmku. JJanbHeitmas cygpba 9TOro Kojmauka
MOXKET OBbITb Y pasHbIX KJIETOK pasIN4HoOiL: y puOpo6/1acToB KOMIAYKM MOTYT OTHe-
JIATBCA Y OTPBIBATBCA OT TeJIa IIPU IBVDKEHUU KIeTKY, Y APYTUX (MMMQOLVITEI) IPOYC-
XOJMT HOIJIOLIEeHVe STUX YYACTKOB BHYTPb KJI€TKM (9HIOLMTO3) U IlepeBapuBaHye X
taM (puc. 12.9).

4, ACMMMETPNYHOCTD KNETOYHbIX MeMbpaH

CocraB mMIUIOB 110 06€e CTOPOHBI MEMOpaHbI pas/nyeH, YTO OIpefensieT aCMMeT-
PUYHOCTD B CTPOEHMN OGMINONAHOTO C10s1. Tak, ¢ HOMOIIBIO XMMUYECKOTO MapK/POBa-
HUs ObLIO HalifeHo, uTo 80% cuurommennua u 75% docdarupnnxonnua, u 20% doc-
daruanIsTaHONAMIHA JIOKA/IM30BaHbl HAa HAPY>KHOII ITOBEPXHOCTMU IIa3MATUYECKOI
MeMOpaHbI, Ha BHYTpeHHel! Xe pacrosaraeTcs Becb pocdaruamiceput u 80% docda-
TUAWISTaHOMaMyHa. [TpuMepHO TaKyo ke KOMITO3MINIO MMEI0T MeMOpaHbI SH/OIIAs-
MaTU4YeCKOTO PeTHKY/IyMa (I HUX HapY’>KHOI HAafj0 CYUTATh Ty IIOBEPXHOCTD, KOTO-
past obpaliieHa BHYTPb IIOJIOCTH).

OcobeHHO BbIpaXKeHa aCMMETPUsI MEMOPaH B OTHOIIIEHN MHTETPATbHBIX OETKOB.
B cocraBe ecTecTBeHHBIX MeMOpaH Oe/Ku CTPOro OpMEeHTUPOBAHBL. Bosbliieit YacThio
uxX N-KOHI[bI CMOTPST B IIOJIOCTDb BaKyoJIeli WIN B C/Ty4ae IIa3MaTN4eCcKoil MeMOpaHbl,
BO BHEIIHIOI ISl KJIETKM cpefy. Takoe MosipHOe pacroioKeHe ey 6eIKoBoi Mo-
JIEKY/Ibl B JIUIIAZHOM OJICIOe CO3JjaeTcs B Ipoliecce CHHTe3a MeMOpaHHOro 6enka Ha
pnbocome (cm. Hioke). [TomyuHTerpanbHble 1 mpuMeMOpaHHbIe OENKM TAK)Ke acuMMe-
TPUYHO PacIOIOKeHbl B MeMOpaHax. Tak, B 9HJOI/Ia3MaTUYeCKOM PETUKYITyMe OenKu-
(bepMeHTBI, CUHTe3MPYIOIMe TUIN/IBI, PACIIONIOKEHBI HA LIUTO30/IbHOI CTOPOHE MeM-
6paH, a pepMeHTHI, IPUIINBAIOIINE caxapa K OETKOBBIM 1IeTTOYKAM, [TIMKO3W/A3bl, 10~
Ka/IM30BaHbl HA BHEIIHEN CTOPOHE MeMOpPaHBI.

Hamnare yrieBogHOTO KOMIIOHEHTA XapaKTepHO A/ MeMOpaH BaKyOJIPHON CH-
CTeMBI ¥ I/Ia3MaTNYeCKOil MeMOpaHbI. YIIeBOAHBI KOMIIOHEHT MeMOpaH IpeficTaB/IeH
[JIAaBHBIM 00pasoM ITIMKONMPOTEMHAMM — MOJIEKy/IaMy 6e/KOB, KOBaJIeHTHO (B OT/IN-
qye OT HYK/ICOIIPOTEN/IOB) CBSI3aHHBIX C I[eII0YKaMI yIeBofoB. Kak mpaBuso, ernoykn
YITIEBOJOB PACIIONIOXKEHbI B HAPY)KHBIX CI0SIX MeMOpaH ([ I{MTOIIa3MaTUYeCKUX
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BaKyoJIeil HApY>KHBIMM CUUTAIOT C/IOV, OOpallleHHble He K MAaTPUKCY LIATOIIA3MBI, a B
HO/IOCTD BE3VKYII VUIU Bakyoselt). OHY MMeIOT KOBaJIEeHTHBIE CBA3Y C MHTETPa/IbHBIMU
6emkaMu, 06pasyst IIMKOIPOTEN DL, WIN C IUIMAAMHA (IIMKOMUIADL). YI/IEBOAbI MEM-
OpaH MpefcTaBIAT co00iT KOPOTKYE JIVHEHbIe TN pa3BeTB/ICHHBIE IIeTIOYKY, B CO-
CTaB KOTOPBIX BXOJAT a/IaKT03a, MAHHO3a, PPYKTO3a, caxapo3a, N-alle TU/IITIOKO3aMIH,
N-anerwirasakTo3aMuH, HEHTO3bI - apaOMHO3a U KCUJI03a, 8 TAK)Ke HellpaMIHOBasI (C1-
ajIoBas) KUC/IOTa. JHa4YeHMe 3TOr0 KOMIIOHEHTA OYeHb BEIUKO /I (PYHKI[MOHMPOBA-
HYIS TJTa3MaTUYeCKOol MeMOpaHbl, SHAOIIa3MaTUYeCKOTO PETUKY/IyMa, anmnapaTa [onb-
KU, TU30COM ¥ 9HIOCOM.

5. Pa3nnyHbie MeMmOpaHbl NMEKT Pas/INyHbIe CBOICTBA

HecMoTpsl Ha IOPa3UTENIbHYIO CXOXKECTb CTPOEHMsI paslINYHbIX MeMOpaH, IOCTPO-
€HHBIX 10 IPUHINITY TMIMIHOTO OMCIOA C BMOHTMPOBAaHHBIMY B Hero Oenmkamu, ¢pusu-
JecKye U XMMIYeCKIe CBOJICTBA PasHbIX MEMOpPaH pasinyHbl. DTO CBA3AHO C TEM, YTO
B pasHbIX MeMOpaHax OOl COCTAB IUMNU/IOB 3HAUNTE/IBHO Pas/INdaeTcs, YTO OIperie-
Jis1eT 0COObIe CBOICTBA MeMOpaH.

PazHble MeMOpaHBI K/I€TKM MOTYT OT/IMYATLCA APYT OT APYra MO KOIMYECTBY JIM-
nuaoB. Tak, mrasMarudeckas MeMOpaHa copepXut 35-40% nunmmoB, a MeMOpaHbI
MUTOXOHAPUIT — 27-29%. CaMoe BBICOKOE COflepKaHMe JIUNNIOB B I/Ia3MaTU4eCcKOi
MeMOpaHe HIBAHHOBCKIUX K/IETOK, 00pa3yIoNiX MIETNHOBYI0 000I04KY HEPBOB, — 10
80%.

Bb110 06HApPYKEHO, YTO K/IETOUHbIe MEMOPaHbI CUIBHO OTINYAIOTCS APYT OT APYyTa
0 COCTaBy MUMNAOB. Tak, ITa3MaTndecKue MeMOpaHbl KIIeTOK KMBOTHBIX OOTaThl XO-
necteprHOM (1o 30%) U B HMX MJIO JIELIUTUHA, B TO BpeMsA KaK MeMOpaHbl MUTOXOH-
#puit, Ha060poT, 6oratel pocdonunuaamu u GegHbI X0mecTepuHOM. VI3 ob1jero xo-
NMMYeCcTBa MUINIOB cofiep>kaHue GochaTuamnxonuya (JequTuHa) Bo Gpakusix SHIO-
I/Ia3MaTH9eCKoil ceTu cocrasnAeT 60-70% ot Bcex pocdonmmnuos, B TO BpeMs KaK B
IIa3MaTU9eCcKOil MeMOpaHe ero MoXeT ObITb 25-35%.

B 1e/rom 111 mma3matmyeckor MeMOpaHbl XapaKTepHO BBICOKOE COflepyKaHIe Xoe-
CTepyHa U CPUHTONNIIN/IOB, @ TAK)Xe IIpeob/IaiaHIie HACBIIEHHBIX I MOHOHEHACBIIIIeH-
HBIX KVPHBIX KUCTIOT B cocTaBe (ocONMMIII0B, TOTAa KaK B MUTOXOH/IPUAX, S9H/OIIa3-
MAaTUYeCKOJI CeTV 1 BO MHOTYX IPYTMX IIYTOI/IA33MaTHYECKIX MeMOPaHaX COflepXKUTCS
MajIo XOjleCTepyHa ¥ CPUHTOMUINIOB ¥ CPABHUTEIBHO MHOTO IIO/IMHEHACBII[eHHBIX
JKMPHBIX KUCTIOT. BuyIMo, B CBSI3U € 9TMM MeMOpaHBbI [IVITOIIa3MbI MEHee SKeCTKIIE, 4eM
I1a3MaTn4eckas MeMOpaHa, OHU 6oJiee «JIeTKOIUIABKI».

Oco6eHHO OTIMYa0TCA MEMOPaHbI IT0 COCTaBY O€/IKOB, KOTOpPbIE, ITABHBIM 00pa3oM,
ompefensioT GpyHKIMOHATbHbIE CBOJICTBA MEMOpaH.

ITo 6uonornyeckoit pomu MeMOpaHHbIe O€TKM MOXKHO pasfie/lNTh Ha TPU TPYIIIIBL:
(bepMeHTBI, perlenTOpHbIe Oe/IKM ¥ CTPYKTYPHbIE OeTKIL.

Habop ¢epmeHTOB B cocTaBe MeMOpaH MOXeT ObITb OYEHb Be/MK U pa3HOOOpa-
3eH (HampuMmep, B I/Ta3MaTHUECKOI MeMOpaHe K/IETOK IedeHy OOHApPY>KeHO He MeHee
24 pas3nuuHbIX (pepMeHTOB). B pasHbIX MeMOpaHaX CYLeCTByeT XapaKTepHbII Habop
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¢depmenToB. Hanpumep, B mrasmMaTndeckoii MeMOpaHe, Kak I BO MHOTUX JPYTHUX, JIO-
kamm3syeTca K*-Na*-saBucumas AT®asa, yqacTByromas B TPAHCIOPTE IOHOB. B MuTo-
XOHJIPUAX CIenN(UUecKUM SB/AETCA HAOOp OEIKOB — IePEHOCYMKOB 9TEeKTPOHOB U
¢depment ATO-cuHTeTa3a, obecreunBaroliye OKICINTeNbHOE GochopuanpoBanme u
cunTe3 ATO.

Penjenrropuble 6e/1kn crienduyecKy CBA3BIBAIOTCS C TEMI WIV MHBIMY BellleCTBaMI
U Kak Obl VX Y3HAIOT. DTO O€/IKM-PeLeNTOPbI /I TOPMOHOB, IS Y3HaBaHMA MOBEPX-
HOCTM COCEIHUX K/IeTOK, BUPYCOB, haros y 6akrepuii u T.4. K aT0it rpynme oTHOCATCA
doTopenenTopuslie Genkn. Boobiiie e perjenTopHbie 6eKM BXOAAT B COCTAB THOOBIX
MeM6OpaH. Tak, Ha BHelIHel MeMOpaHe MUTOXOHAPUIT PACIIONIOXKEHBI PELeITOPHI, y4a-
CTByIOIIME B Y3HAaBaHUMU M TPAHCIOPTEe MUTOXOH/PYUA/IbHBIX O€/IKOB, IEPEHOCHMBIX 113
IUTO30/1s1 B MUTOXOHApyM. Ha MemOpaHax 9H/0I/Ia3MaTN4eCKOTO PeTUKYIyMa HaxXo-
IATCS pelleNITOPBI, Y3HAIOMINeE U CBA3bIBAOIEe PUOOCOMBI, Ha A/jepHOI 000/I0UKe - pe-
LIeNTOPBI KaprouIbHbIX 6enkoB 1 T.4. Ha mmasmaTndeckoil MeMOpaHe pacIionoXeHbl
KaK peleNTOpPbl, y3HAIOLIVE COCeHNE KJIETKY VI IaKe OT/e/IbHbIe MOHBI CoTell (Tepe-
HOCYMKM), TaK ¥ O€/IKM, Y3HaroIye Oe/IKM IIUTOCKeIeTa B IIUTOIIa3Me.

6. CBA3b MeMOpaH C yutonnasmaTnyeckumm 6enkamm

Co CTOpOHBI IMTOIUTa3MbI MeMOpaHBI CBA3aHBI Yepe3 MpuMeMOpaHHbIE WIN COO-
CTBEHHO MeMOpaHHbIe MHTerpasbHble 0eNKM ¢ PasHOOOpPa3HBIMU OeTKOBBIMU CTPYK-
TypaMu OUTOI/Ia3MbI. K HUM OoTHOCATCA B IIEPBYI0 O049€pelb KOMIIOHEHTDI HUTOCKE/IETA.
9TO MO3BOJIAET He TONBKO C/IeNIaTh MeMOpaHbl 60/ee KEeCTKMMM, HO U obecriednBaeT
MO/ BYDKHOCTb MeMOpaH, co3fiaBast BO3MOXXHOCTH /IS IX TPAHCIIOPTHBIX GyHKumit. Ha-
IpUMep, XeCTKOCTb IIa3MaTH4YeCcKoll MeMOpaHbl 0e3bA/IepPHBIX SPUTPOLIUTOB CO3Jia-
eTCsl 3a CYeT CBA3BIBAHMSA CETU LIMTOIUIA3MAaTUYECKMX O€IKOB ¢ MHTETpabHBIMI Oel-
KaMIl IUTa3MOJIeMMBL. B ee cocTaB BXogut 6enok, T.H. «6emok momocer I1II», KoTopblit
obecreunBaeT TPAHCIOPT JMOHOB 4Yepe3 OUCIION, HO OJHOBPEMEHHO uepe3 psp Oer-
KOB CBSI3BIBACTCA C CETHIO 0€K06-CHeKmMPUHOB, KOTOPbIE CO3MJAI0T JKECTKYIO MOfIMeM-
6pannyio ceTb (puc. 12.10). Bo MHOTMX snuTe/MNanbHbIX K/I€TKAX CIIelaIbHble OeTKu
I/Ia3MaTNYeCKOJl MeMOpaHbl CBA3BIBAIOTCSA C 9leMEHTAMM LUTOCKe/IeTa ¥ YIaCTBYIOT
B 00pa30BaHNUM LIEJIOTO Psfia MEKKIETOUYHBIX COeMHEHMII ([eCMOCOMBI, afire3MBHBII
KOHTAakKT 1 fip.). C a/leMeHTaMy LIMTOCKeNeTa CBsI3aHbl TaKXKe 00OTIOUKM KIeTOYHOTO
Afpa: BHEIIHAA AfepHas MeMOpaHa TeCHO acCOLMMPOBAHA C IPOMEXYTOYHBIMU Pu-

Puc. 12.10. MprimembpaHHble 6eNKM 3pUTPOLIMTOB:
1 — cnekTpuH; 2 — akTuH; 3 — aHKupuH; 4 — Genok |l nonocsl; 5 — nnasmanemma
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JTaMeHTaMU, KOTOpble (PUKCUPYIOT PO B 00'beMe IIUTOIIa3Mbl. BHyTpUK/IeTOUHBIe Ba-
KYOJIV MOTYT IIepeMeIIaThCs B K/IeTKe TOJIbKO IPY B3aMOJAENCTBIY C GUOPU/IIAPHBIMU
KOMITOHEHTaMM, TAKMMI KaK MUKPOTPYOOUKY 1 MUKPOIIaMeHTbl. MUTOXOH/IpUN TTe-
peMelaloTcA B KJeTKe TaKXKe 3a CYeT aCCOLMALINM C 9/IEMEHTAMM LIUTOCKETETa.

7. PocT HeKOTOpbIX MeMOpaH NPONCXO/MNT 3a CYET BCTPauBaHMA
rOTOBbIX MeMOpaHHbIX Ny3bipbKOB

[Tocre feneHns KJIETOK NPOVCXOAUT YBelIuYeHue 00beMOB PAacTYIIVX JOYepHMX
KJIETOK M TeM CaMbIM POCT KJIeTOYHOJ IOBEPXHOCTH, YBe/lINYeHNe IJIOAN I/Ia3Ma-
THU4ecKoit MeMOpanbl. Ho 9TO He eUHCTBEHHBINT TpUMep OBICTPOro pocta oObeMa 1
noBepxHOCTH. C OOJIBIION CKOPOCTBIO PACTYT OTPOCTKYU PprOp06/IaCcTOB ¥ HEIPOHOB B
Ky/IbType TKaH!. TaKyio 60/IbIIYI0 CKOPOCTD POCTA I/Ia3MAaTUIeCKOI MeMOPaHbI MOXKHO
OOBACHUTD TONBKO TEM, YTO IPONUCXOAUT OBICTPOE BCTpauBaHUe, MHTEPKAJLALA, ITy-
3BIPbKOB B PAaCTYIIYIO IIa3MaTHYeCKyl0 MeMOpaHy. 3[iech, BHYTPUKIETOYHbIE MeM-
OpaHHbIe ITy3bIPbK!U IOAXOAAT K BHYTPEHHE! CTOPOHE IUIa3MaTHYecKOil MeMOpaHBbI
(BO3MOXXHO, VX TIOATOHSIOT K cebe MUKpOIIaMeHTbl KOPTUKATBHOTO CJI05T), TIPOMCXO-
OUT CINAHNE MeM6paH un TeéM CaMbIM YBeHI/I‘IeHI/Ie IIOBEPXHOCTN I1Ia3MaTUYEeCKOM MeM-
6pansl (puc. 12.11).

Orkyna xe 6epyTcst 9T TOTOBBIE 6/I0KY, MeMOpaHHbIe My3bIpbKI? YIA/IOCh IIPOCTIe-
IUTD (CM. HIDKe), YTO TIePBUYHBII reHe3)C MeMOpaH IIPOMCXOAUT B IPAHY/IAPHOM 3HJIO-
IJ1a3MaTN4Y€CKOM peTI/IKYHYMe, KOTOprf;I ABNIAETCA UICTOYHMKOM BCEX KJI€TOYHbBIX MEM-
6paH, KpoMe MeMOpaH MUTOXOHpMit 1 InacTuf. Ot MeM6bpau rpanysproro JIIP o1-
I[ETUIAIOTCS MeJIKMEe BaKyO/Iu, KOTOpbIe CIMBAIOTCA C MeMOpaHaMu ammapaTa [ompmpku,
OT KOTOPOTO B CBOIO OYepeib, OTLIEIIIAITCA Me/lK/e MeMOpaHHble BaKyo/, CIMBA0-
IMecs VIU C IM30COMaMM, WM C I/Ia3MaTN4ecKoil MeMOPaHOI, MM C CEKPEeTOPHBIMU
BaKyOJLIMIL.

Takum 06pasom, HabMIOaeTCA MOCTEAOBATE/IbHbI KaCKa/, ePEeXOI0B OJHNUX MeM-
6paH B ipyrue. [lepBudHble 5ke MeMOpaHHBIe BAaKyO/IM CTPOSITCS 3a CUET CUHTe3a Oenka
¥ TMIINZIOB Ha MeMOpaHax rpanynsgpHoro DIIP.

Pocr MemOpaH MUTOXOH-
OpuUIl M IUTACTUJ, MHOTO XapakK-
Tepa. YBenuuyeHUe IIOLIA[U
MeMOpaH MUTOXOH/PUI IIPONC-
AVAAMISEALLLLY XOIUT 32 CYET CMHTE3a OCHOB-

CLLLE PP P44

HOJT Macchl 0€/IKOB ¥ JIUIIN/OB
B I'MajIOIUIa3Me KJIeTKM, BCTIeH
3a 4eM 9TV MUTOXOHJpHAsb-
Hble Oe/IKM ¥ JIUINABI TPaHC-
HOPTUPYIOTCS Yepe3 MeMOpaH-
HYI0 000JI0YKY MMUTOXOHZAPUI

Puc. 12.11. CnuAHMe KNeToYHbIX MeMOpaH C MeMOpaHHbIMK Ba- M BCTPAMBAIOTCA B MX KOMIIO-
KyonAmm HEHTBL.




nasmatnyeckas memopaHa,
nnasmonemma

ITnasmaTdeckasa MeMOpaHa, 1M IUIA3MONIEMMA, CPENVI PA3/IMIHBIX K/IETOYHBIX MeM-
6paH 3aHMMaeT 0cob0e MecTo. ITO IOBEPXHOCTHAs ITeprdepidecKas CTPyKTypa, OTpaHu-
YMBAOLIAsA KIETKY CHAPY>K!, YTO OOYC/IOB/IMBAET €e HellOCPEICTBEHHYIO CBS3b C BHEKJIE-
TOYHOV CPEZIOI, a CTIEIOBATENIbHO, CO BCEMU BEL|ECTBAMU ¥ CTUMY/IaMI, BO3JENICTBYIOLIIMU
Ha KIeTKy. Heo0XonmMo OTMeTUTb, 4TO KpoMe KaK C SHJOCOMAaMM U CEKPETOPHBIMY Be3N-
Ky/IaMVl ITa3MaTidecKas MeMOpaHa HY C KaKMMJ BHYTPUK/IETOYHBIMY MeMOpaHaMy He
KOHTAKTHpYyeT. [109TOMy ITasMaTidecKoit MeMOpaHe IIPUHAJJIEKNUT POTIb OBITH GapbepoM,
IIPErpafoil MeXX/y CI0YKHO OpraHM30BAHHBIM BHYTPMK/IETOYHBIM COfIEP’KMMBIM ¥ BHEIII-
Hell cpefjoit. B aToM cydae masmMorneMMa BBITIONTHSIET He TOJIBKO POJIb MEXaHMYeCKoro Oa-
pbepa, HO, ITTaBHOE, OTPaHIYMBAeT CBOOOJHBII IOTOK HU3KO- ¥ BBICOKOMOJIEKY/IIPHBIX Be-
I[eCTB B 00e CTOPOHBI Yepes MeMOpaHy. bosee Toro, miasMosieMma BBICTYTIAeT KaK CTPYK-
Typa «y3HAIOLIAs1», PELeNTUPYIOLIAs, pas/IMyHble XMMIYeCKIe BellleCTBa Y pery/Inpyomias
M30MpPaTe/IbHO TPAHCIIOPT 3THX BEIIeCTB B KJIETKY 1 U3 Hee. [IpyruMu cioBamy, ITa3Ma-
TIYecKass MeMOpaHa OCYIeCTB/IAeT (PYHKIMY, CBA3aHHBIE C PETYIMPYeMbIM M30MpaTeNb-
HbBIM TPaHCMeMOpPaHHBIM TPAHCIIOPTOM BeIIleCTB Vi BBINOIHSET POJIb IIEPBUYHOTO K/IETOY-
HOro aHanm3aropa. IImasMoneMMy MOXKHO CUMTATh KII€TOYHBIM OPTaHOM/IOM, BXOJAIIVIM B
BaKYOJLIPHYIO cucTeMy KineTku. Kak u pyryie MeMOpaHbI 9T0iI CHCTeMBI (MeMOpaHBI M30-
COM, 9H/IOCOM, amnmaparta [onbmKN 1 fip.) OHA BO3HMKAET ¥ OOHOBJIACTCA 3a CUET CHHTETH-
YECKOJ aKTMBHOCTY SHIOIIA3MaTIIECKOTO PETUKYTYMa M MIMEET CXOIHYI0 KOMIIOSUINIO.
[Tra3maTnyecKyto MeMOpaHy MOXKHO YIIOZOOUTb MeMOpaHe BHYTPUK/IETOYHON BaKyon,
HO BBIBEPHYTOJl Hai3HAHKY: OHa He OKPY>KeHa I'Ma/IoIIa3Moli, a OKpY>KaeT ee.

Mopdornorndeckye maTonoOrnuecKe M3MeHeH s IIa3MaTHIeCKoil MeMOpaHBbI POsIB-
JIAIOTCSA B OCHOBHOM IIPY M3MEHEHMM €€ IPOHMIIAEMOCTH /Il BOFHBIX pacTBOPOB, YTO
IPUBOANT K HabyXaHMIo Bcell KeTKu. [Tpy aToM majjaeT 4ic/io MMKpOBOPCHHOK, X JUIMHA
yMeHblIlIaeTcs. B psjfie cmydaeB Ha TOBEPXHOCTY KI€TOK BO3HMKAIOT B3Iy THS, ITy3bIPH, KO-
TOPpBIE B IIpoLiecce IO/ KJIeTOK ITPY All0NTO3€e OTPHIBAIOTCS OT Tela KIeTKM (aONTOTHU-
Jeckue Tenbla). [Ipy 5ToM MOXeT HapyIIaThbCs LIe/IOCTHOCTD MEXXK/IETOUHBIX KOHTAKTOB
B SIIMTEIMAIbHBIX IIACTAX, YTO IPUBOANUT K OTHEIEHNIO KIETOK IPYT OT IpyTa.

1. bBapbepHO-TpaHCNOpTHasA ponb NnasmManeMmmbl

Oxpyskasi KJIeTKy CO BCeX CTOPOH, IIa3MaTvdeckass MeMOpaHa BBLIIOTHAET PONb
MexaHM4ecKkoro 6apbepa. [Iy11 TOro 4To6bI MPOKOIOTH €€ ¢ MOMOLIbI0 MUKPOUIII VTN
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Puc. 13.1. Cxema CTPOEHVsA Nia3MaTMyeckoil MembpaHbl: YacTb
6enkoB (rnmkonpotenapl) (1) U nMNAoB (rMMkonunuabl) (2) ces-
3aHa C nonmcaxapugamu, obpasysa cnoi ruKoKanmkca

[1M

Puc. 13.2. Mukokanukc (TK) Ha NoBepxHOCTM NnasmaTnyeckom
membpaHbl (MM) MUKPOBOPCUHOK LLETOUHON KAEMKM SHTEpO-
unTa:

a — cxema; 6 — IM-¢poto

MUKpPOIIUIIETOK, TpebyeTcs Ho-
BONBHO Oosbinoe ycunme. [Tpn
IaBJICHUM Ha Hee MUKPOUITIBI
OHa CHayazma CUJIbHO TpPOrmba-
eTcs, a NNIIb 3aTeM IPOPbIBa-
eTcsd. VICKyCCTBeHHbIE JIVIINZ-
Hble MeMOpaHbl MeHee YCTOM-
YuMBBL. ~JTa  MeXaHMYecKas
YCTOYMBOCTD ITa3MaTuye-
CKOJI MeMOpaHBI MOXKET OIIpe-
IeNATbCS  NOIOTHUTETbHBIMU
KOMIIOHEHTaMU, TaKMMU Kak
ITIMKOKAJIMKC U KOPTUKATbHBII
coit uuromasmsl (puc. 13.1).
Inuxokanuxc npepcTaBisier
co60il BHEIIHUI CION Tma3mMa-
TUYECKON MeMOpaHbl, COfiepKa-
LM TOJIVICaXapY/JHbIE [IeTIOUKI
MeM6paHHbIX VHTErpa/IbHbIX
0€/IKOB — IJIKOIIPOTEUIOB. DT
IIETIOYKY COfIepyKaT TaKue yIJle-
BOJBI KaK MaHHO3a, IJIIOKO03a,
N-a1eTuIrmoKo3aMIH, CUaJIo-
Basg Kucnora u gp. Taxkue yrye-
BOJHbIE TeTepOINOIMMEPBl 00-
PasyloT BeTBAIMECS IeIOYKI,
MeXJly KOTOPBIMM MOTYT pac-
[O/IaraTbCsl  BBITENIEHHBIE 13
KJIeTKV IIMKOMUIIAABI U IIPOTe-
ornukaHbl. C/I0M ITIMKOKaINKCa
CUJIBHO OOBOJIHEH, IMEET JKerte-
NO7[00HYI0 KOHCUCTEHIINIO, YTO
3HAUNUTE/IBHO CHIDKAET B 3TOM
30He CKOpocTh fuddysnn pas-

JMYHBIX BElleCTB. 3[1eCh JKe MOTYT «3acTPeBaTh» Bblfle/IeHHbIEe K/IETKOM TUAPONIUTIYE-
CK1te pepMEeHTBI, YYaCTBYIOIINE BO BHEK/IETOYHOM pacIlel/IeHN! IOMNMepoB (BHEKIIe-
TOYHOE NMNIIeBapeHe) 1O MOHOMEPHBIX MO/IEKYJI, KOTOPbIe 3aTeM TPaHCIIOPTUPYIOTCA

B LIUTOIUIa3MY 4epe3 I/Ia3MaTIIecKy0 MeMOpaHy.

B 2/1eKTpPOHHOM MUKpPOCKOIIE, 0COOEHHO IIpY CIIelMaTbHBIX MeTOIaX KOHTPACTUPO-
BaHMA IO/INCAaXapyUIOB, INMMKOKAINKC IMEET BUJ, PBIXTIOTO BOTTIOKHVICTOTO C/TOS, TOMIIY -
HOJ 3-4 HM, IIOKPBIBAIOIET0 BCIO ITOBEPXHOCTH KIeTKU. OCOOEHHO XOPOIIO ITMKOKa-
JIMKC BBIPa>KeH B LIIeTOYHOI KaeMKe KIeTOK BCACBIBAIOIIETO SINTeNNs KUIIeYHNKa (9H-
TEPOLUTHI), OfHAKO OH OOHAPY>KeH IMPAKTIIECKY Y BCeX )KMBOTHBIX KJIETOK, HO CTeIIeHb

ero BbIpa)XeHHOCTH pasimnyHa (puc. 13.2).
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MexaHnyeckass yCTOMYMBOCTD IIIA3MaTUYECKON 0, |
MeMOpaHbI, KpoMe TOro, obecreumBaeTcsi CTPYK- [N, | L
TYpOJl HPUMBIKAOUIETO K Hel CO CTOPOHBI LIUTO- (
I/Ia3Mbl KOPTUKAJIIBHOTO CJIOS U BHYTPUKIETOY-
HBIX QUOpMIIAPHBIX cTPYKTYp. KopTukanbusblit (0T
CII0Ba cortex — KOpa, KOXXMUIjA) CIIO¥ LIUTOIIIa3MBbl, Jie- N,O]
KAl B TECHOM KOHTAaKTe C BHYTPEHHell IOBepX-
HOCTBIO TITA3MATUYECKOV MeMOpaHbl, MMeeT Pl
ocobenHocreil. 3nech B Tonmuue 0,1-0,5 MKM OTCYT-

CTBYIOT puOOCOMBI 1 MeMOpaHHBIE ITY3BIPbKI, HO B
0O0JIBIIOM KOMMYECTBE BCTPEYAITCs GUOPUIISIPHBIE
9JIEMEHTDBI I MTOII/Ia3Mbl — MI/IKPO(bI/I}IaMeHTbI n 49a-
CTO MMKpPOTPYyOOouky. OCHOBHBIM (PUOPVIIAPHBIM
KOMIIOHEHTOM KOPTUKA/IbHOTO CJ/IOSI SIBJIAIETCS CETh
aKTMHOBBIX MUKpouOpwI. 37ech >Ke pacrosnara-
eTCsl PSS BCIIOMOTATeNbHBIX O€IKOB, HEOOXOMMMBIX
IUIS IBVDKEHNSA YYaCcTKOB IIMTOIUIa3MBI (MogpobHee o
CKeJIeTHO-JIBUTATe/IbHOI CUCTeMe KJIETOK CM. HIDKe).
Ponp »TMX CBSI3aHHBIX C AKTUMHOM 6eHKOB O4YE€HDb
B@)XHA, TaK KaK OHa OOBSICHS]ET UX y4acTye B CBA3N,
B «3asKOpPEBAHNUI» MHTETPA/TbHBIX O€/IKOB I/Ta3MaTu-

N Puc. 13.3. lpoHnyaemoctb MCKyc-
4eCKOit MeMOpaHbI. CTBEHHOrO GUAWMUAHOrO cnos And
BapbepHass ponp TIa3MOJIEMMBI  3AK/TIOYAETCSI  PA3NUHbIX MONEKYS

TaKke B OTpaHMYeHMM cBobopmHOI Auddysnn Be-
mecTB. MogieNIbHBIe OIBITHI HA ICKYCCTBEHHBIX TMIMIHBIX MeMOpaHax MOKas3asy, 4To
OHJVI IPOHUIIAEMBI JI BOJIBI, Ta30B, Ma/IbIX HEIIO/IAPHBIX MOJIEKYJI )KMPOPACTBOPYMBIX
BEIL[eCTB, HO COBEPIIEHHO He NPOHMUIAEMBI /IS 3apsDKEHHBIX MOJEKY/ (MOHBI) U IS
KPYIIHBIX He3apsDKeHHBIX (caxapa) (puc. 13.3).

EcTecTBeHHBIE MeMOpaHBI TaK e OTPaHNYMBAIOT CKOPOCTb IPOHUKHOBEHNUS HU3-
KOMOJIEKY/IIPHBIX COeVIHEeHMII B K/IeTKy. OfHaKO IMEHHO Yepes TaKue MeMOpaHBbI IIPo-
VICXOJVIT TPAHCIOPT HU3KO- U BBICOKOMOJIEKY/IAPHBIX COeIVHEHMIL.

2, TpaHCMeMOpPaHHbI NePeHOC MOHOB N HU3KOMONEKYNAPHBIX
coefinHeHNN

[Trasmarndyeckast MeMOpaHa, Tak ke KaK M APYTHe JUIIONPOTEN/HbIE MeMOpPaHbI
KJIeTKM, SIB/ISIETCSI MOMYIPOHNUIIAeMOil. DTO 3HAYNT, YTO Yepe3 Hee C PasIMIHOI CKO-
POCTBIO IIPOXOJAT pasHble MOJIEKY/IBI 1 4eM OOoJIblile pasMep MOJIEKY/, TeM MeHbIIle
CKOPOCTH IPOXOXKIEHMSI MX Yepe3 MeMOpaHy. ITO CBOCTBO OINpee/isieT IIasMarnye-
CKYI0 MeMOpaHy KaK OCMOTM4YecKuii 6apbep. MakcyManbHOI IPOHMKAIOIIEN CI1oco0-
HOCTBIO 00/TalaeT BOfIa ¥ PACTBOPEHHBIE B HEVI ra3bl, 3HAYUTEbHO MeJIEHHEe ITPOHM-
KaIOT CKBO3b MeMOpaHy 1oHbI (puMepHo B 10* pas MeaeHHee). [IoaToMy eciu KIeTky,
HAIpUMep SPUTPOLINT, IOMECTUTD B CPENY, I/le KOHLIEHTPALVS COelt OyieT HIKe, 4eM
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B K/IeTKe (TMIIOTOHNA), TO BOJiA CHAPYXKY YCTPEMUTCS BHYTPb KJIETKM, YTO IPUBEIET K
yBeIN4eHNIo 00'beMa KJIeTKY U K Pa3pbIBY IIa3MaTIYeCKO MeMOpaHbl («TMIIOTOHMYe-
CKMil OK»). Hao60poT, pyu moMeleHny spuTpoLuTa B pacCTBOPLI Cojell 6osee BbICO-
KOJI KOHIIEHTPaL/I, 9eM B K/IETKe, IPOM3O0JIeT BBIXOZ BOJDBI 113 KIETKY BO BHEIIHIOIO
cpeny. Kietka npy aToM cMOPIINMTCS, YMEHBIIUTCS B 00beMe.

Taxoil MacCMBHBIN TPAHCIOPT BOABL U3 KJIETKU U B KJIETKY BCe XKe V[T C HU3KOI
ckopocTbio. CKOPOCTb NPOHMKHOBEHMs BOJBI 4epe3 MeMOpaHy COCTABJIseT OKOJIO
10~ cm/c, uto B 100000 pas meHbIe cKOpoCTH Audy3nun MOIeKyI BOAbI Yepe3 BOA-
HBIII 71011 TommuHOM 7,5 HM. CyMMapHas IUIOIIafb IIasMaTHIecKoit MeMOpaHbl, CIo-
coOHoIT K maccuBHOM Anddysnn BHYTpb KIeTKy, coctasndeT 0,06% oT Bcell KieTod-
HOJ IIOBEPXHOCTIL.

B or/imunme OT MCKyCCTBEHHBIX OMC/IOVHBIX TMIVHBIX MEMOpPaH, eCTeCTBEHHbIE MeM-
OpaHbl, 11 B IIEPBYIO OYepeb IIa3MaTndeckas MeMOpaHa, Bce JKe CIIOCOOHBI TPaHCIOP-
TUPOBATh MOHBI ¥ MHOTME MOHOMEDBI, TAKME KaK caxapa, aMMHOKUCIOTHI i fip. [Iponn-
LJaeMOCTb JIJI1 IOHOB MaJia, IpM4eM CKOPOCTDb IIPOXOXK/IEHNs PaSHBIX IOHOB HEOMIVHA-
koBa. bojiee BbICOKast CKOPOCTDb IPOXOXKAeHNs A/ KatnoHoB (K*, Na*) 1 3HauntenbHO
HoKe w1t aunoHos (Cl).

TpaHcHOPT MOHOB Yepes IJ1a3MaeMMY IIPOXOAMT 3a CUeT Y4acTHs B 3TOM IIpoliecce
MeMOpaHHBIX TPAHCIIOPTHBIX 0€/IKOB — nepmeas. T 6Ky MOTYT BeCTI TPAHCIIOPT B
OJIHOM HAIIPaBJICHNM OTHOTO BelljecTBa (YHUIIOPT) VI HECKOIbKIX BellleCTB OJHOBpe-
MEHHO (CHMIIOPT), VIV K€ BMECTe C MIMIIOPTOM OJHOTO BEll[eCTBA BLIBOAUTD 13 KIIETKI
mpyroe (anTunopr). Tak, II0K03a MOXKeT BXOAUTD B KIETKU CMIIOPTHO BMeCTe C 1O-
HoM Na™.

TpaHCIIOPT NOHOB MOXET IPOVCXOANUTD 110 2PAOUEHINY KOHUEHMPAUY —TIACCYIBHO
6e3 MOIIOTHNTENbHON 3aTpaThl sHepruu. Hampumep, B KeTKy npoHukaet noH Na* us
BHENIHEN CPeJIbL, T/I€ €r0 KOHI[EHTPALNA BBILIE, 4eM B UTOIIa3Me. B cirydae maccuBHOTO
TPaHCIIOpTa HEKOTOPble MeMOpaHHbIe TPAaHCIIOPTHBIE Oe/IKM 00pas3yIoT MO/IEKY/IApHbIE
KOMIIJIEKCBI, KAHAbL, Yepe3 KOTOPble PACTBOPEHHDIE MOJIEKY/IbI IIPOXOJAT YePe3 MeM-
Opany 3a cuyer npocroit fuddysun 1o rpajueHTy KoHIeHTpauyn. JacTp 9TUX KaHa-
JIOB OTKPBITa MOCTOSHHO, a ApyTas
4acTb MOXKET 3aKpbIBATbCA MM OT-
KpBIBaTbCSI B OTBeT /MO0 Ha CBA-
3bIBaHME C CUTHAJIbHBIMM MOJIEKY-

m ﬁﬁm N namu, 160 Ha M3MEHeHue BHYTpU-
w“” K/IETOYHO KOHIIEHTPAL[MU MOHOB.

ﬂ l&ﬂ B ppyrux crmydasx crenmanbHble

MeMOpaHHbIE OenKu-nepeHoCUuKy

U36MpaTeIbHO CBA3BIBAIOTCSA C TEM
WIN VHBIM MOHOM MU MEPEHOCAT

m 20 ero depe3 MeMbpany (o6merdeHHas
mnddysus) (puc. 13.4).

PUILAREI

Puc. 13.4. Cxema nepeHoca MOHOB 1 MONEKYN Yepes nnas- H 6
MaTMyecKylo MeMBpaHy: am4yne  TaKUX €/IKOBbIX

1 — npoctan guddysus; 2 — obneryeHHas anddysus; 3 — KaHa- TPAHCIIOPTHBIX KaHA/JIOB U IIEpe-
noobpasytowuii 6enok; 4 — 6enok-nepeHocunK HOCYMKOB Ka3aJiochb Obl TO/DKHO
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Ta6nuua 14. KOHLeHTPpaLs OHOB BHYTPU 1 CHAPYKMN KNETKN

WoH BHyTpuKneTouHas KoHLeHTpauusa, MM BHekneTouHasa KOHLUeHTpauyusa, MM

K* 139 4

Na* 12 145

Cl 4 116
HCO, 12 29
Mg?* 08 1,5

Ca? <0,0002 18

IPMBOANTD K YPABHOBEIIMBAHNIO KOHLIEHTPALMII MIOHOB 1 HM3KOMOJIEKY/LIPHBIX Be-
ecTB 1o 06e cTopoHbl MeMOpaHbl. Ha caMoM >ke fieie 9TO He TaK: KOHIIEHTPALUA 1O-
HOB B IJUTOIUIa3Me KJIeTOK Pe3KO OT/INYAETCsI He TOJIbKO OT TAKOBOJ BO BHEIIIHE Cpefie,
HO JjaXKe OT I/Ia3MBbI KPOBM, OMBIBAIOIIell K/IETKY B OpraHu3Me >KMBOTHBIX. Ha Tabn. 14
MIOKa3aHa KOHLIEHTPALMs MOHOB BHYTPU M CHAPYXKU KJIETKI.

Kak BUJiHO, B 3TOM CTy4ae CyMMapHas KOHILEHTPALMA OJHOBAJIEHTHBIX KaT/OHOB
KaK BHYTPU K/IETOK, TaK U CHAPY>K) IPAKTU4IeCKY OfMHAKOBHI (150 MM), usomonuuna.
Ho oxasbiBaeTca B nuToiasMe KoHneHTpanusa K mournu B 50 pas Boimre, a Na* Hioke,
4yeM B I71a3Me Kposu. [Ipudem aTo pasnmdne Hopgep>K1BaeTcs TOIbKO B )KMBOIL KJIETKe:
eC/M KJIeTKY YOUTD MM ITOJAAaBUTh B Hell MeTabo/ImuecKie IpOoIecchl, TO Yepe3 HeKOo-
TOpOE BpeMs MOHHBIe pas3INyys 10 06e CTOPOHBI IJIa3MaTN4eCcKoll MeMOpaHBbI Mcyes-
HYT. MOXXHO IIPOCTO OX/IAIUTD KIeTKM 0 +2 °C, 1 depe3 HEKOTOpoe BpeMs KOHIIeH-
tpaunsa K* 1 Na* 1o o6e cTOpoHBI OT MeMOpaHbI CTAaHYT OfMHAaKOBbIMU. IIpu Harpe-
BAaHMM KJIETOK 9TO pasjy4diie BOCCTAaHABIMBAETCA. DTO ABJICHNE CBSA3AHO C TeM, UTO B
KJIETKaX CYILIeCTBYIOT MeMOpaHHbIe Oe/IKOBbIe IIEPEHOCUNKY, KOTOpPbIe pabOoTaloT Ipo-
TUB I'pafijieHTa KOHLIEHTPAalNM, 3aTpaunBasl IpM 3TOM 3HEPIUIO 32 CYeT TMAPO/IN3a
AT®. Takoit TuI1 pabOTBI HOCUT Ha3BaHNE AKMUBHO20 MPAHCNOPMA, VI OH OCYIIECT-
BJISIETCS C IOMOLIBIO OETTKOBBIX UOHHBIX HACOCO06. B TTasMaTiueckoi MeMOpaHe Haxo-
ANTCA ABYXCYObeuHIYHasA Moekyna (K* +
Na')-Hacoca, KOTOpasg OHOBPEMEHHO SB-
nsetcs u AT®asoit. IToT Hacoc pu pabore
OTKauMBaeT 3a ofuH UKy 3 moHa Na* u 3a-
KauMBaeT B KJIETKy 2 nona K* mporus rpa-
myeHTa KoHUeHTpauuu. IIpu arom sarpa-
yyBaeTcsA ofHa Mojnekyna AT®, upymas Ha
dochopnmmposanne ATPasbl, B pe3yb-
taTe 4yero Na' IepeHOCUTCA depe3 MeM-
Opany u3 kiaetku, a K* momydyaer Bo3aMOX-
HOCTb CBA3aTbCA C 6@TKOBOI MOJIEKY/ION 1
3aTeM IepeHOCUTCs B KIeTKy (pumc. 13.5).
B pesyibrare akTMBHOIO TPAHCIIOPTA C I10-
MOII[bI0 MeMOPaHHBIX HACOCOB IIPOUCXOJVT
TAK)Ke PEry/IAMsA B K/IeTKe KOHIEHTPAUMI  pyc 13 5. (K*-Na*)-Hacoc:

I ABYyXBA/IEHTHBIX KATMOHOB Mg2+ u Ca*, 1 — yyacTok cBA3biBaHMA Na¥; 2 — y4yacToK CBA3bIBa-
Taxoke ¢ 3arparort ATO. HuA K*; 3 — mem6paHa




Yacme Ill. CTPOEHUE Y XUMWA UNTOM/IA3MbI

176

Takas mocrosiHHas paboTa ImepMeas 1 HACOCOB CO37aeT B KJIETKe IIOCTOSTHHYIO KOH-
LIEHTPALNIO IOHOB 1 HU3KOMOJIEKY/LIPHBIX BEI[eCTB, CO3/1aeT T.H. FOMe0CTas, IIOCTOSH-
CTBO KOHIIEHTPAL[MIl OCMOTUYECKY aKTUBHBIX BelecTB. Hajjo 0TMeTUTD, YTO IPUMEPHO
80% Bceit AT® kneTky TpaTUTCA Ha HOATep>KaHMe TOMeoCTasa.

B codyetaHnu ¢ akTMBHBIM TPAHCIIOPTOM MOHOB Yepe3 I/Ia3MaTHIeCKy0 MeMOpaHy
IPOUCXOANUT TPAHCIOPT Pas/IMYHbIX CAXapOB, HYK/ICOTUIOB ¥ aMIHOKIC/IOT.

Tak aKTUBHBII TPAHCIIOPT I/IFOKO3BI, KOTOPast CUMIIOPTHO (OZHOBPEMEHHO) IIPOHM-
KaeT B KJIETKY BMeCTe C IOTOKOM ITaCCHBHO TPAaHCIIOPTHpYeMoro 1oHa Na*, 6yaer 3aBu-
cetb oT aktuBHOCTH (K* + Na*)-Hacoca. Eciu atot (K*-Na*)-Hacoc 3a6mokupoBaTh, TO
CKOPO pa3HOCTh KOHIeHTparuu Na* 1o 06e CTOpOHbI MEMOpaHbI MICYe3HET, COKPATUTCS
npu aToM auddysusa Na* BHYTpb KJIETKM, ¥ OFHOBPEMEHHO IIPEKPATUTCS ITOCTYIUICHIE
IJIIOKO3BI B KJ1eTKY. Kak Tonbko BocctanoButcs pabora (K*-Na*)-ATdaser u cospaercs
Pa3HOCTb KOHIIEHTPALIMY MOHOB, TO Cpa3y BospacrtaeT An¢y3HbIil HOTOK Na* 1 OfHO-
BpPEMEHHO TPAHCIIOPT IMII0KO3bL. II070OHO 9TOMY OCYIIeCTB/IsAETCA Yepe3 MeMOpaHy u
IIOTOK @MUHOKMCTIOT, KOTOPBIE [IePEeHOCATCS CIeLaIbHbIMM Oe/IKaMM-[IepeHOCYMKaMI,
paboTarIMMI KaK CUCTEMbI CUMIIOPTA, TIEPEHOCS OHOBPEMEHHO VOHBI.

Camo 110 cebe yyacTye CrelanabHbIX MeMOPaHHBIX 0€/IKOB, Y4aCTBYIOIVX B TACCHB-
HOM VIV aKTVBHOM TPAHCIOPTe HU3KOMOJIEKY/LAPHBIX COEJIIHEHNII, yKa3bIBaeT Ha BbI-
COKYIO CIelpUIHOCTDb 3TOro Iporecca. JJaxke B clydae HacCHBHOIO MOHHOTO TPAHC-
nopra 6eKy «y3HAIT» AaHHbII MOH, B3aMMOMEIICTBYIOT C HVM, CBSI3bIBAIOTCS CIIEIN-
(budeckn, MEHAIOT IPU 3TOM CBOX0 KOH(MOpManNio ¥ GyHKIVOHMPYIOT. CrefoBaTe/IbHo,
y>Ke Ha IIpUMepe TPAHCIIOPTa MPOCTHIX BelleCTB MeMOpaHBbI BBICTYIIAIOT KaK aHa/In3a-
TOPBI, KakK perentopbl. OcO6EHHO TaKas pelenTOpHast POJb MPOSBIAETCS IPU MOT/IO-
LIeHUH KJIETKOI OMOOIMEPOB.

3. Be3nKynsapHblii nepeHoC: S3HAOLMUTO3 1 IK30LMTO3

MakpoMOJIeKyIbI, TaKue KaK Oe/IKy, HyKJIeMHOBbIE KIMC/IOTbI, TOIMCAXapy/Ibl, IAIIO-
IpOTeMIHbIe KOMIIEKCHI U IPYTIie CKBO3b K/IeTOYHbIe MEMOPAHBI He IPOXOJAT, B IIPO-
TUBOBEC TOMY, KaK TPAHCIIOPTUPYIOTCSI IOHBI ¥ MOHOMEPBI. TpaHCIIOPT MUKPOMOJIEKYTL,
UX KOMIUIEKCOB, YaCTHUL] BHYTPb KJIETKU 1 U3 Hee IPOUCXOAUT COBEPILICHHO MHBIM IIy-
TeM — IOCPEACTBOM BE3MKY/IAPHOTO IepeHoca. TOT TepMMH O3HAYaeT, YTO pas/ind-
Hble MaKPOMOJIEKYJIbI, 6OTIOIMMEPbI VTN VX KOMIUIEKCHI He MOTYT IOIaJaTh B KIETKY
CKBO3b I/Ta3MaTNYeCKyI0 MeMOpaHny. VI He TO/IBKO CKBO3b Hee: TI00bIe K/IeTOYHbIE MeM-
OpaHbl He CIIOCOOHBI K TPaHCMeMOPaHHOMY IIEPEHOCY OMOIOIMMEPOB, 3a MCKIII0Ye-
HYleM MeMOpaH, MMEIOIINX 0Cco0ble Oe/TKOBble KOMIUIEKCHBIE IEPEHOCYNKI — TTOPUHBI
(amepHast 060/m04Ka, MeMOpPaHbl MUTOXOHAPUIL, IVIACTIM, IEPOKCUCOM). B KiteTKy ke
VIV U3 OFHOTO MeMOPaHHOTO KOMIIAPTMEHTA B APYTOil MaKPOMOJIEKY/IBI ITOMA/AI0T 3a-
K/TIOYeHHBIMI BHYTPY BaKyoJIell WIN Be3UKY/L. Takoil 8e3ukynapHolii nepeHoc MOKHO
pasfenuTb Ha /iBa BUJA: 9K30UUMO3 — BBIHOC U3 KJIETKM MaKPOMOJIEKY/LAPHBIX IIPO-
LYKTOB, ¥ IHOOUU03 — TIOITIOLEHNEe KIIETKOI MaKpOMOoIeKy (puc. 13.6).

[Ipy 9HAOLWUTO3e OIpefe/IeHHBINl YYaCTOK IIIa3MajleMMBbl 3aXBAaTbIBAeT, KaK Obl
00BO/IaKVMBaeT BHEK/IIETOYHBIVI MaTepyas, 3aK/I04aeT ero B MeMOpPaHHYIO BaKyoJIb,
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BO3HMKIIYIO 32 CYeT BILIYMBAHUSA I/Ia3-
MaTu4yecKkoit MeMOpaHbl. B Takyio mep-
BUYHYIO BaKyoJIb, WU 6 IHOOCOMY, MO-
TYT IIOIIA/IaTh JI00ble OMOIOMIMMEpDI, Ma-
KPOMOJIEKY/ISIPHbIe KOMITIEKCBI, YacTy
KJIETOK W/ JlaXKe Iieible KJIeTKU, I7ie 3a-
TEM ¥ PaCIafialoTCsl, AeTIOIMMEePU3YI0TCS
10 MOHOMEPOB, KOTOpbIE IIyTeM TpPaHC-
MeMOPAHHOTO MMepeHOca TMOMaalT B I'-
amortasMy. OCHOBHOe Oumoorndeckoe
3HaYeHNe SH/OLUTO3a — ITO HONydeHue
CTPOUTENbHBIX OIOKOB 3a CUET 8HYympu-
K/1emouHoz0 nepesapuéanusi, KOTopoe
OCYILeCTB/ISIETCS Ha BTOPOM JTaIle 9HJO-
IIMITO3Q [IOC/Ie CIIVISTHYSL TIePBUYHOI 9H/I0-
COMBI C /IM30COMOI1, BAaKYO/IbIO, COlepKa-
el Habop TUAPONMUTUYECKUX (epMeH-
TOB (CM. HIDKE).

OupounTto3 (HopMaIbHO Ppas[eNsoT
Ha HUHOUUMO3 u Pazoyumos (puc. 13.7).
dazouyumos — 3axeam U nNozaoueHuUe
K7emKoti KpynHulx uacmuy, (MHOTZA TaXKe

KJIETOK M/IV MX YacTeli) — ObL1 BriepBble omvical VI.J. MeunukoBbiM. ®aronnuros BcTpe-
YJaeTcs Cpefy KJIeTOK XMBOTHBIX KaK OffHOK/IETOYHBIX (HampuMep, aMeObl, HeKOTOpbIe
XUIIHBbIe NHPY30pUN), TaK U AJIA CIIeNMaTN3/POBAHHBIX K/IETOK MHOTOK/IETOYHBIX XKI-
BOTHBIX. CIlenMannsupoBaHHble KIeTKY — (arouuTbl — XapaKTepHbI KaK I 6ecro-
3BOHOYHBIX )KMBOTHBIX (aMeOOLMTBI KPOBY M/ IIOJIOCTHOM XKUKOCTY), TaK U /IS 110-
3BOHOYHBIX (HelTpodwibl u Makpodarn). ITunoyumo3 BHavae ONpeaensIca Kak 1o-
I7IOLIEeHVEe KIeTKON BOJBI MM BOJHBIX PACTBOPOB pa3HbIX BemiecTB. Celyac M3BECTHO,

Puc. 13.7. Cxema darountosa (a) u nuHoumTo3a (6)
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YTO KaK (paroluTos, TaK ¥ IMHOLNUTO3 IPOTEKAIOT OYeHb CXO/JHO, IOITOMY yIoTpebe-
HUE 3TUX TEPMUHOB MOXKET OTPaXKaTb JMIIb Pa3nuyus B 06beMax, Macce MOITIOIeH-
HbIX BelecTB. O011jee 17151 9TUX MPOIIECCOB TO, YTO IIOIVIOIIeHHbIE BelljeCTBA Ha TOBEPX-
HOCTM I/Ia3MaTN4eCKOll MeMOpaHbI OKPY>KalOTCsi MeMOpaHOIt B BUfie BAKYO/IN —3H/I0-
COMBI, KOTOpasi IepeMelllaeTCs BHYTPb K/IeTKI.

K nmHOIUTO3y, XOTS ¥ B MEHBIIEl CTEIeHN IO CPaBHEHMIO ¢ (aronmurammu, CIo-
COOHBI MPAKTMYECKM BCe KJIETKM MO3BOHOYHBIX. TaK IMMHOLMTO3 OOHAPYXUBAETCS Y
TeIIaTOLITOB, SHTEPOIVITOB, KI€TOK M3BUTHIX KaHA/IbL[EB ITOYEK U JPYTUX KIeTOK 3IIM-
TenuA. BeTpeyaeTcs sHAOINUTO3 y I71aIKO-MBILIEYHBIX KJIETOK, B CMHANTNYECKIX OKOH-
YaHMAX HEVIPOHOB U Y IPp.

OH/IOLMTO3, BK/II0YAs MMHOLUTO3 U GaronyuTos, MoXXeT ObITh HecrenynduIecKnm
VI KOHCTUTYTUBHBIM, IIOCTOSSHHBIM U CIlelM(pUYecKUM, ONOCPefyeMbIM peLelTo-
pamu (penenitopubim). Hecneyuguueckuii sndoyumos (muuountos un Gparoguros), Tak
Ha3bIBAeTCs IOTOMY, YTO OH IIPOTEKAaeT KaK Obl aBTOMATUYECKI 11 YaCTO MOXKET IIPUBO-
[NTH K 3aXBaTy ¥ MOIJIONIEHUIO COBEPIIEHHO YY>K/bIX WM 6€e3pas3miMIHbIX /I KIeTKI
BeIIleCTB, HATIPUMeEP, YACTUUEK CAXKIU VTN KPaCUTENelt.

Hecneundnyecknit S9HZOLMUTO3 4acTO
COIPOBOXK/JAETCsI IEPBOHAYAIBHOI COPO-
Iyiejl 3aXBaThIBAIOLIEr0 MaTepuana IJIN-
KOKA/IMKCOM  IIa3MOJIEMMBI.  [JIMKOKa-
JINKC U3-3a KUCTIBIX IPYIIII CBOMX ITOJINCA-
XapUIOB MMeeT OTPULIATENbHBIN 3apsiz U
XOPOLIO CBS3BIBAETCS C Pa3/IMYHBIMU I10-
JIOKUTEIPHO 3apsyKEeHHBIMU TPYIIIAMU
6enkoB. Ilpum TakoM amCcOpPOLMOHHOM
HecrenudnyeckoM 3HJOLUTO3e IIOI7IO-
I[AIOTCSI MAaKPOMOJIEKY/IBI M MeJIKMe dYa-
cTuipl (Kucble 6enkn, peppuTUH, aHTH-
Tejla, BUPVOHBI, KOJUIOMJHBIE YaCTUIIbI).
JKnpkodasHelit MMHOLMTO3 IPUBOAUT K
MOTTION[EHII0 BMECTe C YXUIKOW Cpemoit
PacTBOPMMBIX MOJIEKY/I, KOTOpbIE He CBS-
3bIBAIOTCS C TVIA3MOIEMMOIA.

Ha crenyromem 9rame IIpoONCXo-
OUT u3MeHeHNe MOPQONIOTUN KIeTOU-
HOJI TOBEPXHOCTU: 3TO MY BO3HUKHO-
BeHMe HeOONbIINX BIAYMBAHUI IL/Ia3-
MaTHYeCKOlt MeMOpaHbl, MHBATMHAIINN,
WIN K€ 9TO TOsIBJIeHNe Ha MTOBEPXHOCTHU
Puc. 13.8. SHgouwnTo3: KJIETKI BBIPOCTOB, CK/IAJIOK WU «060-
a — NVMHOLMTO3HasA AMKA M BaKyonu; 6 — M1HOLMTO3 Ha pox» (HO-aHF}II/IﬁICKI/I ruﬁle), KOTOpbIE
NOBEPXHOCTA MaKpo¢ara, BMAHbI BbIPOCTbI LUTOMNA3Mbl, Kak 6]:‘[ 3aXJIECTbIBAIOTCA, CK/IagbIBa-
obpa3syiowme cknagku (padnbl); I — NUHOLNTO3HbIE Ba-

IOTCsI, OT/ENAS HeOObIIIe 00 bEeMBbI KU -

Kyonu; 2, 3 — 3H[0COMbI; 4 — annapat [onbgxu; 5 — Aapo
(oo C.M. KonomuHoi) Koit cpepnsl (puc. 13.8, 13.9). Ilepsiit TMI
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Puc. 13.9. MocnegoBatenbHble CTagui NMHOLMTO3a: 06pa3oBaHMe BaKyonel Npy BNAYMBaHUM MEMOPaHDI
(@) v Npwy yyacTun BbIPOCTOB THMa 060POK («padnbi») (6)

BO3HIKHOBEHNS NMIHOLMITO3HOTO ITy3bIPbKA, IIMTHOCOMBI, XapaKTepeH [isl KJIeTOK Ki-
IIEYHOTO SIUTEINS, SHIOTENNS, I/Is aMe6, BTOpoit — 1yt ¢parouToB u ¢pubpo61acToB.
ST IPOLeCChl 3aBUCAT OT MIOCTYIUIEHNUS SHEPIUIU: MHIMOUTOPBI BIXaHUs OTOKUPYIOT

9T IIPOLECCHI.

Bcnen 3a Takoii nepecTpoOKOi MOBEPXHOCTHU ClIeflyeT U IMPOLecC CAUIAaHuA U CIIN-
SIHUSL KOHTAKTUPYIOLUIMX MeMOpaH, KOTOPBIl NPUBOJUT K 0OpPa3sOBAaHMIO NEHUIUTO3-

HOTO IIy3bIpbKa (IIMHOCOMa), OTpbIBa-
IOIETOCA OT KJIETOYHOM ITOBEPXHOCTH
U yXOpAllero BIIy6b nurorrasMel. Kak
Hecrenuaecknit, Tak ¥ peljenTOPHbII
9H/IOLIUTO3, IPUBOJAILINI K OTIIENTIEHUIO
MeMOpPaHHBIX ITy3bIPbKOB, IPOVCXOMUT B
CIIeL Va3V POBAHHBIX YYacTKaxX IIIa3-
MaTM4ecKoyl MeMOpaHbl. DTO TaK Ha3bl-
BaeMble oxatimnentvie amxy. OHYU Ha3bI-
BAIOTCA TaK IIOTOMY, YTO CO CTOPOHBI I}~
TOIUIa3Mbl IITa3MaTndeckas MeMOpaHa
HIOKPBITA, OfieTa, TOHKUM (0ko710 20 HM)
BOJIOKHUCTBIM C/I0€M, KOTOPbIII Ha YIIb-
TPATOHKNX Cpe3ax Kak Obl OKaiM/IAeT, 110-
KpbIBaeT HeOO/IbIlIVe BILTYVMBAHNA, SIMKI
(puc. 13.10). DTy AMKU eCTb OYTH y BCEX
KJIETOK YKBOTHBIX, OHJ 3aHMMAIOT OKOJIO
2% xmeTtouHoil mnosepxHoCcTU. OKaiiM-
JISTIOIIVI CJIOVT COCTOUT B OCHOBHOM U3
benka KaampuHa, acCOIMMPOBAHHOTO
C PAOM JIOIOMHNUTENbHBIX 6eKoB. Tpu
MOJIEKY/IbI K/TaTPMHA BMECTE C TPEMS MO-
JIeKy/IaMJl HM3KOMOJIEKY/ISIPHOTO Oertka
00pasyloT CTPYKTYpy TPUCKEIVOHA, Ha-
IIOMMHAIOIIETO TPEXTYYEBYI0 CBACTUKY

Puc. 13.10. OkaiimneHHble AMKW 1 BaKyonu: nocne-
AoBaTefbHble CTafun CBA3bIBaHNA NMraHAOB 1 06pa-
30BaHMe BaKyonen:

1 — nna3maTtnyeckas MembpaHa; 2 — KIaTpUHOBbIA CON
(«Kalma»); 3 — copbrpoBaHHble NraHAbl
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Puc. 13.11. OkanimneHHble ny3bIpbKu:
a — BUA CO CTOPOHbI LNTO30N4; 6 — TPUCKeNneoHbl Ha NOBEPXHOCTA

ny3blpbKa

(puc. 13.11). Knatpunossie Tpu-
CKe/IMOHbI Ha BHYTPEHHEN IIOo-
BEPXHOCT! sAMOK IIa3MaTude-
CKOJT MeMOpaHbI 06pasyIoT pbIX-
JIYIO CeTb, COCTOSALIYIO V3 IATU- U
HIECTUYTO/IbHIKOB, B II€IOM Ha-
MIOMMHAIOIIYI0O KOp3MHKY. Kia-
TPUHOBBIN CJIOM OJleBaeT BECh
HepuMeTp OTAe/AIIINXCA Iep-
BIYHBIX SHIOLMTO3HBIX BaKyoO-
J1e11, OKayIM/IEHHBIX ITy3bIPbKOB.

Knatrpua  oTHOCMTCA K
OJHOMY M3 BUJOB T.H. <OfeBaI0-
mux» 6enkoB (COP — coated
proteins). Dtu 6enKu CBs3bIBa-

I0TCSI C MHTETPaIbHBIMY OeTKaMI - PeLielITOPaMy CO CTOPOHBI IIMTOIIA3MBbI 1 00pas3yoT
OfieBaIoOLUII C/I0J MO IEepUMETPY BO3HMKAIOLIEH MMHOCOMBI, MEPBUMYHOTO SHIOCOM-
HOTO ITy3bIpbKa — «OKalIMJIEHHOTO» ITy3bIpbKa. B oTheneHny nepBMYHON SHJOCOMBI

Y4acTBYIOT TaKKe O€/IKU OUHAMUHDL, KOTOpbIe IIOIMMe-
PU3YIOTCS BOKPYT ILEVKM OTHEIAIONIEroCs My3bIpbka (puc.
13.12).

ITocne TOro, Kak OKaliM/IEHHBIN Iy3bIpeK OTHEMNUTCSA
OT IIa3MOJIEMMbI ¥ HAQYHET II€EPEHOCUTDHCA BI‘HY6]J OUTO-
II7Ia3Mbl, KIATPMHOBBIN C/IOM paclafjaeTcs, IMCCOLUNPYET,
MeMOpaHa 9HOCOM (IIMHOCOM) HpUOOpeTaeT OOBIYHBIIN
Buz. Ilocne moTepy KIaTpMHOBOIO C/I0S1 3HJOCOMBI Haul-
HAIOT CIMBATBCA APYT C APYTOM.

Bb10 HaliieHo, 4TO MeMOpaHbl OKalIM/IEHHBIX IMOK CO-
IlepKaT CpaBHUTEIbHO MAJIO XOIeCTePIHA, YTO MOXKET OIIpe-
JIeIATh CHYDKEHVE >KeCTKOCTU MeMOpaH 1 Cioco6CTBOBATD
00pa3oBaHMIO IY3bIPHKOB. B1O/IOrMYeckmii CMbIC/ MOSIB-
JIeHVsI KJIATPMHOBON «UIyObl» 10 Tepudepun Iy3blpbKoB,
BO3MOXXHO, 3aK/II0YAETCS B TOM, YTO OH 0OecreunBaeT cle-
MJIeHre OKalIM/IEHHBIX ITy3bIPbKOB C 9/IEMEHTAMM LIMTOCKE-
NeTa ¥ MOC/IeAYIOMNI X TPAHCHIOPT B KJIeTKe, ¥ MpemnAT-
CTBYeT VX C/IMAHUIO IPYT C IPYTOM.

VHTeHCcHMBHOCTD XuaKodasHoro Hecrenndueckoro
IIMHOIMTO3a MOXKET OBbITh OYeHb BBICOKON. TaK KIeTKa SIIM-
Te/NA TOHKOTO KMIIeYHMKa o6pasyeT so 1000 muHOCOM B

Puc. 13.12. MNMocnenoBatenbHble CTafun 06pa3oBaHMA U OTLLENEHNS
OKalMMEeHHOrO Ny3blpbKa:

1 — nna3matnyeckas mMembpaHa; 2 — UHTerpanbHble 6enku; 3 — Kanupyiolyme
6enKoBble YacTULbl; 4 — KNATPUH; 5 — AMHAMIH



[naea 13. lnasmamudeckas membpaHa, nnamonemma

181

CEeKyHJy, @ MaKpodaru o6pasyroT okono 125 muHocoM B MuH. Pasmep mmHocoM HeBe-
JIMK, VX HYDKHUI npefient coctasiAeT 60-130 HM, HO 061W/IMe VX IPUBOANT K TOMY, YTO
IIpY SHAOLMTO3e I/Ia3MOojIeMMa OBICTPO 3aMellaeTcs, Kak Obl «TpaTuTCs» Ha 06pasoBa-
HJIe MHOXKeCTBA MEJIKUX Bakyoseil. Tak, y Makpodaros Bcs ITasmMatiyeckas MeMOpaHa
3ameHseTcA 3a 30 MyH, y pubpobmacToB — 3a 2 4.

JanbHeitmas cyabpba 9HAOCOM MOXeT OBITh PA3/IMYHON, YaCTb U3 HUX MOXKET BO3-
BpAILATbCsA K HOBEPXHOCTY KJIETKY M CIMBATLCA C Heil, HO 60/Iblas 4acTb BCTYIAET B
Ipolecc BHYTPUK/IETOYHOTO nuieBapennus. [lepBudnble 3H0COMBI COflep>KaT B OCHOB-
HOM 3aXBaueHHbIe B XXUJIKOI cpefie dy>KepojHble MOJIEKY/Ibl ¥ He Cofep>KaT TUAPOIIU-
TUYECKUX (epMeHTOB. DHTOCOMBI MOTYT CIMBATBHCA IPYT C APYTOM IIPY 3TOM YBeJN-
41BasAch B pazMepe. OHM 3aTeM CIMBAIOTCA C MEPBUYHBIMU TM30COMAMM (CM. HIDKeE),
KOTOpbIE BBOJAT B IIOJIOCTb SHAOCOM (pepPMEHTHI, TUAPOIN3YIOLIVe pasInyHble 6110I10-
nmuMepbl. JleficTBIe 3TUX TM30COMHBIX THAPOJIa3 U BbI3bIBaeT BHYTPUK/IETOYHOE MUIIIe-
BapeHye — PACIaf, IOIMIMEPOB 10 MOHOMEPOB.

Kak y»xe ykas3bIBa/och, B X0fie (arounTosa ¥ MMHOLUTO3a KJIETKU TePAT 60Nb-
IIYIO IUIOLIAAb IIa3MOJIeMMBbI (CM. Makpodary), KOTopas OJHAKO TOBOIBHO OBICTPO
BOCCTAHAB/IMBACTCA IIPU PEeLUK/IN3aLNU MeMOpaH, 3a CYeT BO3BpAll[eHNs BaKyoJIeil 1
UX BCTPAaMBaHKA B I/IA3MOIEMMY. ITO IIPOUCXOIUT BC/IEACTBIE TOTO, YTO OT SH/JOCOM
VIV BaKYOJIeil, TaK JKe KaK ¥ OT IM30COM MOTYT OT/e/IAThCA HeOONblINe ITy3bIPbKY, KO-
TOpble BHOBD C/IMBAIOTCA C I/1a3MO/1eMMOit. I1py Takoil peuKIM3aum MpouCcXoanuT KaK
ObI «4eTHOYHBII» IepeHOC MeMOpaH: I/Ta3MO/IeMMa — IMIHOCOMa — BaKyO/Ib — II/Ia3-
MojieMMa. ITO BefieT K BOCCTAHOB/ICHMIO MCXO/IHOM IIIOIafiM IIa3MaTHYeCKOl MeM-
6panbl. HajijjeHo, 4TO IIpy TakoM BO3BpaTe, pelMKIN3anny MeMOpaH, B OCTaBLIeCsA
9H/IOCOME YIep>KMBAETCs BeCh IOITIOLIEHHbII MaTepuasl.

Cneuuguueckuil, numm onocpedyemvlii perenmopamu, IHOOUUMO3 UMeeT PAJ OT-
n4nit oT Hecrenyuyeckoro. [;TaBHOE B TOM, 4TO IOITIOWIAIOTCA MOJIEKYIIBL, I KO-
TOPBIX Ha I/IA3MATNYeCKOI MeMOpaHe eCTb crienyduyeckye perenTopbl, aCCOLNNUPYIO-
myecs TONMbKO C JAaHHBIM TUIIOM MO/IEKYI. JacTo Takyue MONIEKYIIbl, CBA3bIBAIOIINECH C
Oe/IKaMu-peLenTopaMy Ha IOBEPXHOCTY KJI€TOK, Ha3bIBAIOT TMTAHIAMIL.

BriepBble onocpemyeMblit perelnTopaMy HAOINUTO3 ObUI OIMVICAH NPV HAKOIUIEHVN
6e/IKOB B OOLIMTAX IITUILL. Be/lKy SKe/ITOUHBIX TPAaHY/I, BUTETIOTeHNHBI, CUHTE3UPYIOTCS
B pa3/IMYHbIX TKAHAX, HO 3aT€M C TOKOM KPOBU IIONIAJal0T B AMYHYKI, TTie CBA3BIBAIOTCA
CO CIIeI[aIbHBIMY MeMOPaHHBIMM PeLieITOPaMI OOLIUTOB U 3aTe€M C IOMOLIbIO SH/IO-
LMTO3a IONA/Ial0T BHYTPb KJI€TKH, I7ie X IPOMCXOUT OTI0KEHME XKEITOUYHBIX TPAHYIL.

Jpyroii npuMep n36MpaTeIbHOTO SHAOLNTO3a IPEACTAB/IsAET COOO0I TPAHCIOPT B
KJIETKY XOJ/IeCTepyHa. DTOT JIMIINT, CUHTE3UPYETCA B II€YEHN Y B KOMIITIEKCE C [PYTUMMA
bochomunmmamu u 6€1KOBOT MOZIEKY/ION 00pa3yeT T.H. IUIIOIPOTEN | HU3KOII ITIOTHO-
ctu (JTIHIT), koTopBlit ceKpeTupyeTcs KJeTKaM IIe4eH) ¥ KpOBEHOCHOJI CHCTeMOI pas-
HOCUTCS 10 BceMy Teny (puc. 13.13). CrienyabHble pellenTOPbI IIa3MaTYeCKOil MeM-
Opanbl, [udPy3HO pacIoIOKeHHbIe Ha TIOBEPXHOCTI Pa3/IMYHBIX KJIETOK, Y3HAIOT Oerl-
koBbIit KoMmrioHeHT JIHII, n 06pasyioT crernududaeckuiit KOMIITIEKC PeLelTop-IUTraH/,.
Bcnen 3a aTMM TaKol KOMIIIEKC IlepeMeliaeTcs B 30HY OKaliMIeHHbIX IMOK 1 MHTepHa-
NM3yeTcs — OKpY>KaeTcsl MeMOpaHOII U MOTpy>kaeTcs B ITyOb nnrToria3Mel. [TokasaHo,
YTO MyTaHTHbIE peleNTopbl MOryT cBA3bIBaTh JIHII, HO He aKKYMY/IMPYIOTCA B 30HE
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OKaliMJIeHHBIX sIMOK. KpoMme pe-
nenrtopos K JIHII o6Hapy>xeHO
6onee JIByX HeCSTKOB JAPYIUX,
YYaCTBYIOIIMX B PELEITOPHOM
SHJOLMTO3€ PA3NUYHBIX Be-
L1ECTB, BCE OHM MCIIONb3YIOT
OIVH U TOT >X€ IIyTb MHTEp-
Ha/lM3aluy 4Yepe3 OKaliMJIeH-
Hble AMKI. BeposTHO, UX posb
3aK/II0YaeTcsd B HaKalIuMBa-
HUM PeLeNITOPOB: OJHA U Ta XKe
OKaliMJIeHHasl sIMKa MOXXeT CO-
6parp okono 1000 perenTopoB
Pa3HOTO K/Iacca.

Hanpueiimas cypgpba 1mo-
rnomenHon vactunsl JIHII
3aKJII0YaeTCs B TOM, YTO OHa
IOoABepTaeTcsA pacmajgy B CO-
CTaBe 6MOPUHHOIL TU30COMPBL.
ITocne morpyxeHus B LUTO-
Puc. 13.13. lMoctynnenue B knetky JIHI ¢ nomolypbio onocpepye-  IJIASMY OKalIMJIEHHOT O Iry-
MOro peLienTopamm SHAoLUTO3a: 3bIpbKa, Harpy»xenHoro JIHII,

1 — nna3monemma; 2 — vactuua JIHI; 3 — okaiiMneHHas AMKa; 4 — MIPOUCXOJUT 6bICTpaH noreps
OKaMneHHbIN ny3bipek; 5 — peuentop JIHM; 6 — sHAOCOMa; 7 — nep- KIATPUHOBOTO  CIIOSL MeM-
BMYHaA NIN30COMa; 8 — BTOPUYHASA IM30COMa; 9 — peumKm3aums pe- >

LenTopos JIHT OpaHHbBIe IIY3BIPBKM HAuU-

HAaIOT CIMBATBCA [IPYT C JIPY-

roM, 06pasys 3H/JOCOMY — Ba-
KYOIb, cofiepKaiyro nornoumennnie JIHIT-yacTuipl, cBA3aHHbIE ellle C pelenTOpamMmu
Ha TIOBEPXHOCTY MeMOpaHBbL. 3aTeM IIPOMCXOAUT AUCCONMAINA KOMIUIEKCA TUTaH -
peLenTop, OT 9HAOCOMBI OTILIEIIAITCA MEJIKJe BaKyO/Iy, MeMOpaHbl KOTOPBIX CO-
Iep>KaT CBOOOIHbIE peleNTOPhl. ITU IMY3BIPbKM PELMKINPYIOTCS, BKIOYAOTCI B
I/Ia3MaTUYeCKyl0 MeMOpPaHy, ¥ TeM CaMbIM, PellelITOPbI BO3BPAIIAIOTCA HA MOBEPX-
HOCTbH KJIETKIN. Cynb6a sxe JIHII cocTouT B TOM, YTO OC/IEe CAUAHMA C IM30COMaMIU,
OHM TUZIPONIU3YIOTCS ;O CBOOOJHOTO XO/IeCTepUHa, KOTOPBINl MOXKET BK/II0YAThCS B
KJIeTOYHbIe MEMOpaHBI.

OH[I0COMBI XapaKkTepusynTcsa 6onee Hu3KuM 3HadeHnueMm pH (pH 4-5), 6omee xuc-
JIOVL Cpeyioli, 4eM Jpyrue KIeTOYHbIe BaKyOau. DTO CBA3AHO C HA/IMYMEM B X MeMOpa-
Hax 0e/IKOB IIPOTOHHOTO HACOCa, 3aKaYMBAIOIVX MOHBI BOZOPOJA C OGHOBPEMEHHOI
satpatoit AT® (H*-saBucumas AT®asza). Knucmas cpema BHyTpU 3HZOCOM UTpaeT pe-
MIAIOIIYI0 PO/Tb B AVICCOLMALIMI PeLleNTOpoB U murannos. Kpome Toro, Kucmas cpesa
ABJIAETCA ONTYMAIBHON IJIS aKTUBALMU TUAPOIUTIYECKUX PEePMEHTOB B COCTaBe JIU-
30COM, KOTOpbIe aKTUBUPYIOTCA NPY CAUSHUYU IM30COM C 9HJOCOMAMU U IPUBOJAT K
00pa30BaHNIO IHOOMUZOCOMDBL, B KOTOPOIL U IPOUCXOAUT PACIIeI/IeHle TOITIOIeHHBIX
OMOIIONNMepOB.
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Puc. 13.14. TpaHcyutos:

1 — nepeHoC BeWecTB MeMOpaHHbIMM
BaKyO/NAMMN CKBO3b CTEHKY 3HAOTENM-
aNbHOM KNeTku; 2 — MUHOLUTO3HbIE
BaKyonu; 3 — npocCBeT Kanwmnapa;
4 — umTonnasma; 5 — Agpo

B HeKOTOpBIX CTy4asAx CyAbOa AUCCOLMMPOBAHHBIX JTUTAHJOB He CBsI3aHA C JIM30-
COMHBIM I'MAPOMN30M. Tak, B HEKOTOPBIX KJIETKaX IIOC/Ie CBA3BIBAaHMA PELeNTOPOB
I/Ia3MOJIEMMBI C OIIpefie/IeHHBIMY OeTKaMyl, IOKPBITbIe KIATPMHOM BaKyO/Iy IIOTpyKa-
I0TCS B IIUTOIUIA3MY M IIEPEHOCATCA K APYToii 00/1acTy KIIeTKY, T/ie CIMBAIOTCSA CHOBA C
IIa3MaTN9eCKOil MeMOPaHOIL, a CBA3aHHbIEe O€/IKM AUCCOLMMPYIOT OT peLienTopoB. Tak
OCYIIECTB/ISAETCS IEPEHOC, MPAHCUUMO3UC, HEKOTOPBIX OE/IKOB Yepe3 CTeHKY SHIOTe-
JIMA/IbHON KJIETKY U3 IUIa3MBbl KPOBYM BO MEXXKJIeTOYHYI0 cpeny (puc. 13.14). Ipyroit
IpuMep TPaHCUNUTO3a — IEPEHOC aHTUTE/L. TaK, Y MIeKONUTAIOLINX aHTUTe/Ia MaTepyu
MOTYT IlepeflaBaThCs ICTEHBILY Yepe3 MOJIOKO. B 3TOM ciydyae KOMIUIEKC peLenTop-
QHTUTENIO OCTAETCS B 9H/JOCOMe Oe3 I3MEHEHUIL.

Kaxk y>xe roBOpuIoch, pazoyumo3 sijisgeTcs BapMaHTOM HOLVTO3a U CBA3aH C 110-
IJIOI[EHNEM KIETKOI KPYIIHBIX arperaToB MaKpOMOJIEKY/I BIUIOTD [0 XKVMBbIX VIV MEPT-
BBIX K/I€TOK. Tak ke, KaK 1 IMHOLNTO3, (aronntos MoxkeT OBITh HeCIeruduyecKum
(HanpuMmep, norynoenne GpubépodracTamMmm M Makpodaramy 4acTdek KOJUIOUITHOTO
30J10Ta WIN MOIVMepa IEKCTPaHa) U CIeNUPUIeCKIM, OIOCPEeNyeMbIM PelelITOpaMu
Ha MOBEPXHOCTY IIa3MaTU4ecKoll MeMOpaHbl (parounTupyommx kiaetok. IIpu ¢aro-
LIUTO3€e MIPOMCXOAUT 0OpasoBaHye OONbIINX SHAOLUTO3HbBIX BaKyoseil — ¢pazocom, Ko-
TOpBbIe, 3aTeM C/IMBASCh C TM30COMaMI, 00Pa3yoT Pazonuzocomol.

Ha moBepXHOCTM KJIETOK, CHOCOOHBIX K (parounTosy (y MIEKOMUTAONIVX 3TO Hel-
Tpoduabl 1 Makpodaru) CyLecTByeT HabOp peLeNTOpPOB, B3aMMOJENCTBYIOIUX C
6enkamy-nmuranfamMu. Tak, mpyu 6akTepuaabHbIX MHPEKIMAX aHTUTeNa K OenkaMm Oak-
TepUIl CBA3BIBAIOTCA C IOBEPXHOCTHIO OaKTepuaIbHBIX K/IE€TOK, 00pasys /o, B KOTO-
poMm F.-o6macty aHTUTeN CMOTPAT Hapy>Xy. DTOT C/ION Y3HAETCS CrelnUIecKIMI pe-
LIeNTOpaMM Ha IIOBEPXHOCTU MaKpodaroB 1 HeMTPOPIIOB, M B MECTAX MX CBA3bIBAHNA
Ha4MHAETCs MOITIONIeHNe OaKTepyuy IIyTeM OOBOTAKMBAHNUA ee IIa3MaTU4ecKoll MeM-
6panoit knetku (puc. 13.15).

[TrasmMatnyeckass MeMOpaHa IIPMHUMAET y4acTyie B BbIBEIEHUY BEllleCTB 13 KIeTKU
C IIOMOII[bIO 9K30IMTO3a — IIPOLiecca, 0OpaTHOrO SHAOLMUTO3Y (CM. puc. 13.6).

B cy4ae sk3011TO3a, BHYTPUK/IETOUHBIE IPOAYKTHI, 3aK/II0YeHHbIE B BAaKYO/IV VU
IY3bIPbKM ¥ OTTPAHMYEHHbIE OT TMAJIOIUIa3Mbl MeMOpPAHOI, HOAXONAT K IUIa3MaTH-
Jeckoil MeMOpaHe. B MecTax X KOHTaKTOB IIa3MaTHdeckas MeMOpaHa M MeMOpaHa



Yacme Ill. CTPOEHWE Y XVMUA UNTOITTIASMbI

184

BaKyO/IU CIMBAIOTCS,
U TY3BIPEK OITyCTO-
HIAeTCs B OKPY’Kalo-
myto cpeny. C mo-
MOIIBIO 9K30LMTO3a
MPOMCXOAUT  IPO-
1[eCC pelyKIM3aLun
MeMOpaH, Y4acTBYIO-
HIVX B 9HIOLUTO3E.

C  3K301IHUTO30M
CBAI3aHO BblJieJ/IeHNE

Puc. 13.15. MocneposatenbHocTb (I-VI) 3axBata Makpodarom GakTepmanb- — CMHTE3VPOBAHHBIX B

HOW KNeTKu:

KJIeTKe pa3sHo00pas-

1 — Gakrtepus; 2 — makpodar; 3 — aHTUeH NOBEpPXHOCTM baKkTepuy; 4 — aHTUTeNa;  pprx BemecTs. CeKpe-
5 — peLienTopbl Ha Nna3mMaTMueckoii MembpaHe Makpodara; 6 — nnu3ocoma; 7 — fe-

rpagauma 6aktepuanbHol KNeTkm B IM30come

TUPYIOLIYE, BBITEIA-
IolllYie BeIleCTBa BO

BHEIIIHIO CPefly, KJIETKM MOTYT BbIpAabaThIBaTh M BHIOPACHIBATD HIU3KOMOJIEKY/IIPHbIE
coemHeHN (aleTUIXO/IH, OMOTeHHbIe AMVHBI 11 JIp.), @ TAK)Ke B OO/IBIINHCTBE C/TydYaeB
MaKpOMOJIEKY/Ibl (IIeITUABI, OeIKY, TUIOIPOTeN AbI, HENTUIOIIMKAHDL U Ap.). K30LM-

Puc. 13.16. BHyTprKneTouHble 1
BHEK/eTOUHble CTafuu obpa3oBa-
HUA KonnareHoBsbIx Gnbpunn:

1 — 3MNP; 2 — annapart lonbmpxu; 3 —
CEKPEeTOpPHaA BaKyOJlb; 4 — BHekKIe-
TOYHas camocbopKa KomnareHoBbIX
dnbpunn

TO3 WIM CEKPeLyisi B OO/IBIIMHCTBE CTyYaeB IPOVCXOMUT
B OTBET Ha BHELIHNUII CUTHA/I (HEPBHBIIl MMITY/IbC, TOP-
MOHBI, MEIVIaTOPBI U Ap.). XOTs B psifie CIydaeB 9K30LH-
TO3 IPOVCXOMUT MOCTOSTHHO (CeKperys prbpoHeKTNHA
u KomnareHa pubpobmactamn) (cm. puc. 13.16).

BriiesieHHbIe 113 KJIETOK IyTeM 9K30LUTO3a TMAPO-
MUTHYeCKVe pepMeHTbl MOTYT COPOMPOBATHCS B CTIO€
IINKOKANMMKCa 1 obecreunBarh IpuMeMOpaHHOe BHe-
K/IETOYHOE paclielieHne Pas3MIHbIX OMOIOINMepOB
U OpraHmM4eckux Monekyn. OrpoMHOe 3HaueHue IpU-
MeMOpaHHOe HeKJIeTOYHOe IMIleBapeHye uMeeT s
JKMBOTHBIX. BbIJIO 0OHAPYXKEHO, YTO B KUIIEIHOM 3IIN-
Te/UM MJIEKONWUTAMIMX B 30He TaK Ha3bIBaeMOIl Iile-
TOYHOII KaeMK! BCAChIBAIOIIETO SMUTENNsI, 0COOEHHO
6oraroil IIMKOKaIMKCOM, OOHAPY)XKMBAETCSI OTPOMHOE
KO/IMYeCTBO pasHOOOpasHbIX (epmeHTOB. HacTh 3THX
e epMEHTOB MMeeT MaHKpPeaTUIeCKOe POUCXOXK/Ie-
Hue (amMmasa, IMIasel, pasaMyHble IPOTEVHA3HBI 1 JIp.),
a 9acTb BBIJIE/AETCS COOCTBEHHO KIETKAMU SIMTENNS
(3K30rMAPOIassl, pacUleIUIAIoNe IPerMYIeCTBEHHO
O/IMTOMEPBI U AMMePBI ¢ 0Opa3oBaHMEM TPAHCIOPTH-
PYEMBIX IIPOLIYKTOB).

bonpmmuHaCcTBO CereTI/IpythIX BE€IIEeCTB MCIIOJ/Ib-
3yeTcsi [PYIMMM KJIeTKaM)i MHOTOK/IETOYHBIX Opra-
HU3MOB (CeKpeLusi MOJIOKa, MUIeBAPUTETbHBIX COKOB,
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TOPMOHOB 1 Jp.). Ho 4acTo K/IeTKM CeKpeTUpPYIOT BelljecTBa U /ISl COOCTBEHHBIX HYX/,.
Tak, pocT mmasmarnyeckoir MeMOpaHbl OCYIECTB/IACTCA 3a CUeT BCTPAVBAHMA Y4acT-
KOB MeMOpaHBI B COCTaBe 9K30IMTO3HBIX BAaKyOJIell, YaCTh /IEMEHTOB IJIMKOKAINKCa
BBIJIE/IIETCS KJIETKOM B BYJje ITIMKOIIPOTEV/JHBIX MOJIeK Y. Boijenenne ¢pubpobmactamu
¢ubpoHeKTHHA HeOOXOAMMO A1 0OecIeYeH st X MOABVYKHOCTI U T.J.

Kak xopoI110 13BeCTHO, B COCTaB MHOTOK/IETOYHBIX OPTaHM3MOB KpOMe KIETOK BXO-
IAT BHEK/IETOYHbIE «IIPOMEXYTOYHBIE» BEIECTBA, OCOOECHHO B COCTAaBe PBIXJION COe-
IVHUTENbHOI TKaHMU, XpsAwelt, koctu u T.11. T. [lIBanH (1839) CMOTPEJI Ha 3TU MEXKIIe-
TOYHbIe KOMIIOHEHTHI KaK Ha pofi obpasoBarenpHolt xxupkoctu (Cytoblastema), Ha3Ha-
YEHHOII JI/Is1 pasBUTHA HOBBIX K/IETOK. JTO ouMbouHoe mpefcrasaeHne B 1930-1950-x
IT. BHOBD BCIUIBIIO B IIPYMUTHBHBIX B3I/IA/IaX PAJla OT€UECTBEHHBIX YUEHDIX O «KVMBOM
BemlecTBe». Kak HU nmapagokcanbHo, HO emle 150 et Tomy Hasaj P. Bupxos nucarn: «...
Le/IbIIT PAJ MATONOTMYeCKUX (PaKTOB IPUBE/I MeHsA, HA000POT, K YOEKIEeHNIO, 4TO MEX-
KJIETOYHOE BEIleCTBO HAXO[UTCA B M3BECTHOI 3aBUCHMOCTH OT K/IETOK».

Terepb HEeT HMKAKOTO COMHEHNA, YTO KOMIIOHEHTbI BHEK/IETOUHOTO MaTpPUKCa MU
MEXK/IETOYHOTO BeI[eCTBA INPEACTAB/IAIT cO00I MPOAYKTHI ceKpeluy (9K30ILuTo3a
WM 9KCKPeILV) CIleliaIbHbIX KJIETOK, ITTaBHBIM 00pasom ¢ubpobnactos. Ob1ee st
BHEKJIETOYHOI'O MATpMKCa — Ha/lnM4ye IByX KOMIOHEHTOB: IO/NMCaXapUAHbIX arpera-
TOB 11 GUOPMIISIPHBIX OETTKOB.

K nonucaxapupam otHocsaTca entoxozamunoznukanvt (IAl'), 06bIYHO KOBa/JeHTHO
cBsi3aHHbIe ¢ 6enkoM B hopMme npomeoznuxkanos. PubpmUisspHbIe O€TKM OTHOCITCS K
IBYM (pyHKI[VIOHA/IbHBIM TUIIaM: CTPYKTypHbIe (kotarensl [-XXVII Tuna u 91acTuHbI)
u aare3uBHble (prOPOHEKTVH U TaMUHVH). MOJIEKY/IBI ITTIOKO3aMUHOITIMKAHOB U TIPO-
TEOITIMKAHOB 00Pa3yI0T CM/IbHO IMAPATHPOBAHHOE TeIeNIoloOHOe OCHOBHOE BelleCTBO,
B KOTOpPO€ MOTPY>KeHbl (pUOPUIApHBIE CTPYKTYPHbIE O€/IKY, KOTOpPble YKPEIUIAIT U
YIOPSAZKOYNBAIOT MAaTPUKC. Afire3uBHBIE O€/IKM CTy>KaT /IS IPUKPEIUIeHNsT KJIeTOK K
BHEKJIETOYHOMY MaTpPUKCY.

Cy1ecTByeT HeCKOIbKO TUIIOB BHEK/IETOYHOT'O MaTPUKCa (B COCTaBe PLIXJION COenN-
HUTE/IbHON TKaHMU, XPAIIA, KOCTE, cyx0>1<1/m1/n71). OnHUM U3 3TUX TUIIOB ABJIgeTCA Oa-
3anvHas namuna (Crapoe Ha3BaHue 6a3a1bHASL MeMOPaHa), B COCTAB KOTOPOIT BXOJUT
KpoMe I/II0KO3aMMHOIIMKaHOB pa3BeTB/IeHHas ceThb KojtareHa IV tuma. basanbHad na-
MIHA MOACTUIAET T/IACTHI SIIUTENNATBHBIX KIETOK, HO TaK)Ke OKpY>KaeT MIOBEPXHOCTh
MBILIEYHBIX K/IETOK, K/IETOK XXMPOBOJ TKaHU U IepudepudecKkyie HepBHbIE OTPOCTKI.

4, PEU,EHTOPHO-CI/II'HaHbHaﬂ POJib N1a3MO/IeMMbl

M5l y>ke BCTpeyauch ¢ 9TO 0COOEHHOCTHIO I/Ia3MaTN4eCcKoil MeMOpaHbI IIpy O3Ha-
KOM/IEHM) C €€ TPAaHCIIOPTHBIMM (PyHKUMAMU. Belkn-nepeHOCYMKY M HACOCHI SIBJIA-
I0TCSI KPOME BCETO TaK)Ke PeIelITOPaMI, Y3HAIOLIVIMI U B3aMOJIe/ICTBYIOIIVIMI C OTIpe-
Jle/IeHHBIMY MOHaMIL. PerjeniTopHble Oe/IKM CBS3BIBAIOTCS C JIMTAHAAMY 1 YYaCTBYIOT B
0TOOpe MOJIEKYI, HOCTYHAIOIUX B KJIETKI.

B kavecTBe TaKkMX peLENTOPOB HAa MOBEPXHOCTHU KJIETKU MOTYT BBICTYIATb OeKU
MeMOpPaHBI MM 97IeMEHTBHI ITIMKOKAIMKCa — IIMKOIPOTenabl. Takyie YyBCTBUTE/IbHbIE
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YYacTKM K OT/e/IbHBIM BelleCTBAM MOTYT
OBITb pa3bpOCaHBI 110 MMOBEPXHOCTY KIIETKM
WM COOpaHBbl B HeOOIbIIIE 30HBL.

PasHble K/IeTKM >KMBOTHBIX OPraHM3MOB
MOryT 00/1a/jaTh Pa3HbIMU HabOpaMu perern-
TOPOB MM >K€ Pa3HON 4yBCTBUTETbHOCTHIO
OJTHOTO ¥ TOTO K€ pellerTopa.

Ponp MHOrMX KJIETOUHBIX pPeLeNTOPOB
3aK/I049aeTcs He TONbKO B CBA3BIBAHUU
crienpUIECKUX BeIeCTB WM CIIOCOOHO-
CTU pearnpoBaTb Ha Pusnueckue GakTopsl,
HO I B Iiepenade MEeXK/IE€TOUYHbIX CUTHAIOB
C TIOBEPXHOCTU BHYTPb KJIeTKU. B Hacros-
Iiee BpeM: XOPOIIO M3y4eHa ClCcTeMa Iepe-
Puc. 13.17. Yuactne uAMO B aKkTMBaUMW Kacka- a4yl CUTHaJ/Ia KJIeTKaM C IIOMOIIbI0 HEKO-
Aia GepmeHToB: TOPBIX TOPMOHOB, B COCTaB KOTOPBIX BXO-
] — nnasmatnyeckas MembpaHa; 2 — ropMoH; 3 — AT TIENTUHbIE 1IeNOYKU. BbUIO HaiifieHo,
peuenTop; 4 — G-6enoK; 5 — aKTMBMPOBaHHas aje-
HunaTLMKnasa; 6 — obpasosarme UAM®; 7 — akm- 11O 9TV TOPMOHDI CBASBIBAIOTCA CO CIICLM-
BaLMA Kackafia NPOTEMH KIHa3, AeNCTBYIOWMX Ha pa3- q)quCKMMI/I peuenTopaMm Ha MOBEPXHOCTU
JIN4HBIE BHYTPUKIIETOYHDIE MLLIEHN I/Ia3MaTU4YeCKOl MeMOpaHbBl KjIeTKu. Pe-

LeIITOPDL, IOC/Ie CBA3U C TOPMOHOM aKTVBMU-
PYIOT IpYTOit 6€/IOK, IeXXaInil y)Ke B IUTOI/Ia3MaTUIeCKOI YaCcTH IIa3MaTIIeCKO
MeMOpaHbl, — afeHMIaTuKaasy (puc. 13.17). ToT pepMeHT CUHTE3UpPyeT MOJe-
kyny nykmmdeckoro AM® n3 AT®. Ponp nukmmyeckoro AM® (qAM®) sakmrova-
eTCA B TOM, YTO OH SIBJIIETCA BTOPMYHBIM MeCCEHPKePOM — aKTUBATOpOM (epMeH-
TOB — KUHA3, BBI3BIBAIOIINX MOAUUKAIy gpyrux Oenkos-¢depmeHToB. Tak, mpu
}16]7[CTBI/H/[ Ha II€Y€HOYHYIO K/IETKY TOpPMOHa HO,]I)KCHY}IO‘IHOI/MI JKeJ1e3bl I'TIOKaroHa, BbI-
pabaTbiBaeMOro A-K/IeTKaMl OCTPOBKOB JIaHTepraHca, TOPMOH CBA3BIBAETCS CO CIell-
UPUIECKUM PeLeNTOPOM, YTO CTUMYNINPYET aKTUBALVIO afleHNIaTuKIaspl. CuHTe-
3upoBaHHbI HAM® akTuBUpYyeT NPOTEeMHKNHA3y A, KOTOpas B CBOIO OYepelb aKTHU-
BUpYeT KacKaj, pepMEeHTOB, B KOHEYHOM CYeTe PaCIIeIIAI0IMX ITINKOTeH (3aMacHoi
HO/MMCAaXapuz XUBOTHBIX) 10 ITIOKO3bL. JleliCTBMe MHCY/NIMHA 3aK/II0YaeTcsl B 00pat-
HOM — OH CTUMY/IMPYeT BXOXJEHME ITIIOKO3bl B II€4EHOYHbIe KIeTKU U OTI0XKEHIe
ee B BUJie IIMKOTeHa.

B menom 1enb coOBITHII pa3BepTBHIBACTCA CIEAYIOMMUM 00pa3soM: TOPMOH B3au-
MOZIEIICTBYeT CIenupIIecKy C PeLeNTOPHO YacThIO 3TON CUCTEMBI I, He IIPOHMKAS
BHYTPb KJIETKM, aKTUBUPYET aIecHUIATIUK/Ia3y, KoTopasd cuHTesupyer tAM®, akTu-
BUPYIOLINIT VIV VHTMOMPYIOIINIT BHYTPUKIETOUHBI pepMeHT MIu Ipynny ¢pepMeH-
ToB. TakuM 06pa3oM, KOMaH/ja, CUTHAJI OT ITa3MaTN4eCKoil MeMOpaHbl IepefaeTcs
BHYTPb K/IeTKN. DPPEeKTMBHOCTD ITON aJeHMITATIVIKIA3HON CUCTEMBbI OY€Hb BBICOKA.
Tak, B3auMoieiicTBIe OIHOJ /1M HECKONIbKMX MOJIEKY/I TOPMOHA MOJKET IIPUBECTH 32
cdeT CMHTe3a MHOXKecTBa Mo/IeKyn HAM® K ycuieHMIo CUTHaja B ThICAYM pa3. B gan-
HOM CJIy4ae aJleHIIAaTIVK/Ia3Has CUCTeMa CTY>KNUT IpeoOpa3oBaTe/ieM BHEIIHUX CUT-
HAaJIOB.
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CymectByeTr u Apy-
roil IyTb, IPU KOTO-
POM HCIIONIb3YIOTCS IPY-
rMe BTOPUYHbBIE MeC-
CeH/Kepbl, — 3TO T.H.
docpamudoununosu-
monvuvuii nymwo. llop
IeVICTBUEM COOTBeET-
CTBYIOILIETO CUTHasa (He-
KOTOpble HEpBHbIE Me-
AuMaTopel u OenKm) ax-
TUBUPYeTCs  (epMeHT
dochommmasza C, xoro-
pas pacuiernsieT pocdo-
mumug  bocdaruanm- Puc. 13.18. QochatnannnHO3NTONbHbIN MyTb aKTUBALIAN:

HOSI/ITOHIU/I(I)OC(baT, KO- | —nnasmatiyeckas membpaHa; 2 — ropmoH; 3 — peuentop; 4 — Pl-nunng goc-
datvpunuHosuton; 5 — PIP-dochatngunurosuton gudocdat; 6 — dpocdonmnasa
. G 7 — IP3- uHo3uTon Tpudocdart, crumynmpyet Bbixoa MoHoB Ca u3 3MP; 8, 9 —
IUVTa3MaTU4IE€CKOM ~ MEM-  [Al-gnauunrimuepon, ctumynupyet npotenHkiHasy C (10), moguduumpyioLlyio

Opanbl. IIpomykTpl rm- PAA bepmenTos

Aponu3a 3TOro JIUINJA,

C OJJHOVI CTOPOHBI, aKTUBUPYIOT IpOTeNHKNHA3y C, KOTOpas BbI3bIBaeT aKTUBALUIO Ka-
CKafla KMHAa3, YTO IPUBOAUT K OIIPEJE/IEHHBIM KIIETOUYHBIM PEAKLUAM, a C IPYTOI - IPU-
BOJIT K OCBOOOX/IEHNIO IOHOB Ka/IbI[Vsl, KOTOPBII PeryIupyeT Le/IbIil Psj] K/Te TOYHBIX
mporeccos (puc. 13.18).

I pyroii mpuMep pelenTOpHON aKTUBHOCTY — PEeLeNTOPHI alle TUIXOIMHA, BaXKHOTO
HelipoMenmaTopa. ALeTVIXOIVH, OCBOOOX/asACh 13 HEPBHOTO OKOHYAHVS, CBA3bIBA-
€TCS C pelleITOPOM Ha MBIIIIEYHOM BOJIOKHE, BbI3bIBaeT MMITy/IbCHOE NMOCTyIIeH1e Na*
B KJIETKY (femosApu3anys MeMOpaHbl), OTKpbIBas cpa3y okos1o 2000 MOHHBIX KaHAIOB
B 30HE HEPBHO-MBIIIEYHOTO OKOHYAHNA.

Pasnoo6pasue u crierupnIHOCTh HAOOPOB PELeNITOPOB Ha TOBEPXHOCTHM KIIETOK
HNPUBOAUT K CO3[JaHMIO OYEHb CIIOXKHON CUCTEMbl MapKepOB, MO3BOAIINX OT/IN-
9aTh CBOM K/IETKM (TOJ )Ke 0coOM MM TOTo ke BUfja) OT 4y>knX. CXOmHbIe KIeTKN
BCTYNAIOT APYT C APYTOM BO B3aUMOJENCTBUA, NPUBOJAINE K CIUIIAHUIO IIOBEPX-
HocTell (KOHBIOTallMsl Y MPOCTeNIINX 1 6aKkTepuii, 06pasoBaHMe TKaHEBBIX KIETOY-
HBIX KOMIUIEKCOB). [Ipy aTOM K/IeTkM, oTnyaoommecss HabopoM JeTepMIHAHTHBIX
MapKepoB MM He BOCIPUHMMAIOIINE UX, TM00 NCKIIOYAI0TCA M3 TAKOTO B3aNMOJ el -
CTBMA, 1160 Y BBICIINX )KMBOTHBIX YHUYTOXKAIOTCSA B Pe3y/IbTaTe UMMYHOIOTMYECKUX
peakuuii (M. HIKe).

C mra3MaTnyeckor MeMOpaHOIl CBS3aHa JTOKAIN3ALVA CIelUpUIecKIX peLenTo-
pOB, pearupyouux Ha ¢usndeckue GpakTopsl B mrasmaruyeckoit MeMOpaHe CBETO-
YYBCTBUTETbHBIX K/IETOK XXVBOTHBIX PACIIONIOXeHa CIlellManbHas cucTeMa Gorope-
LIENTOPHBIX 0€/IKOB (POJOIICKH), C IIOMOIbI0 KOTOPBIX CBETOBOII CUTHAJI NIpeBpalla-
€TCsl B XMMUYECKUIA, 4YTO, B CBOIO O4epeib, IPUBOAUT K FeHepaluy 31eKTPUIECKOrO
VIMITYJIbCA.

TOprI‘/J[ BXOOUT B COCTaB
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5. MeXKneTouHoe y3HaBaHune

Y MHOTOK/IETOUHBIX OPTAHM3MOB 3a CYeT MEXXK/IETOYHBIX B3aMMOJIeIICTBIUII 00pasy-
I0TCSI CTIO>KHBIE K/IeTOUHBIe aHCaMO/IN, TTOfjep>KaHyie KOTOPBIX MOXKET OCYILeCTBIAThCS
pasHBIMU IYTSAMMU. B 3apopbiieBbIX, SMOPMOHATBHBIX TKAHIX, 0COOEHHO Ha PaHHUX
CTafiMAX PasBUTHSA, KJIETKYU OCTAIOTCS B CBSI3U APYT C APYTOM 3a CYET CIIOCOOHOCTH MX
[IOBEPXHOCTEI CUIATHCSA. ITO CBOMCTBO adze3uu (COeNVIHEHWS, CLEIUIeHNsI) KIIeTOK
MO>KET OIIpeJeNAThCS CBOVICTBAMY X OBEPXHOCTY, KOTOPbIe CrienpuiecKyt B3auMo-
[eVICTBYIOT APYT C APYroM. MeXaHM3M 3THX CBsi3ell JOCTATOYHO XOPOIIO M3y4eH, OH
obecreunBaeTcs B3aVMOJEIICTBYEM MEXAY ITIMKOIPOTENAMI I/Ia3MaTUIeCKUX MeM-
6pan. [Ipy TaKOM MEXXK/IeTOUHOM B3aMMOJEIICTBIUI K/IETOK MEXAY I/Ia3MaTU4eCKIMU
MeMOpaHaMu BCerfa OCTaeTCs Iielb MIMPUHOI OKomo 20 HM, 3aloTHeHHAs TIMKOKa-
mmkcoM. O6paboTka TkaHU pepMeHTaMM, HapYIIAIOMIMMIY [IeTIOCTHOCTD I/IMKOKA/IMKCa
(MyKasbl, JeICTBYIOIME TUAPOINTIYECKN Ha MYLIVIHBI, MYKOIO/IVCAXapUbI) MIN T10-
BpeXJaolye MIa3MaTudecKylo MeMOpaHy (IpoTeasbl), MPUBOAUT K 000COOIEHMIO
KJIETOK IPYT OT APYTa, K UX AUCCOLMALIIIA.

Bei10 HaileHO, YTO 32 arperanyio OJHOPOSHBIX K/IETOK OTBEYAIOT TPaHCMeMOpaH-
Hble TIMKOIpOTensibl. HermmocpencTBeHHO 3a COeyiHEH e, a[ire3uio, K/IeTOK OTBEYarT
Mornekyinsl T.H. CAM-6enkos (cell adhesion molecules). HekoTopble 3 HUX CBS3bIBAIOT
KJIETKY JAPYT C APYTOM 3a CUeT MEXXMOTIEKY/IIPHBIX B3aMMOAEIICTBIIL, APYTIe 0OpasyIoT
CIieniaIbHble MEXXK/IETOYHbIE COEMHEH NS M KOHTAKThI.

1 2 3 4

Puc. 13.19. Knaccol agresmeHbix (CAM) 6enkos:

1 — KaprepuHbl; 2 — nmmyHorno6ynuHel (N-CAM); 3 — nHTerpuHbl; 4 — cenekTuHbl; 5 — nnasmaTnyeckne memopaHbl
COCEAHVX KNeToK
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Afnresusa — cBA3b K/IETOK JIPYT C OPYTOM 3a CYeT MeXKMOJIEKY/IAPHBIX B3aMMOfieli-
CTBMII OCYIIECTB/IAETCSA HeCKoMbKumu Kmaccamyu CAM-6enkoB OTO KaArepyHaMM,
UMMYHOII06ymmHO-11ogo6HbIMM N-CAM (MO/IeKy/Ibl afre3uy HEPBHBIX K/IETOK), Ce-
JIeKTVHAMMY, MHTerpuHamu (puc. 13.19).

Kaprepuusl npezncTaBiaaioT coboii MHTerpaabHble GUOPUIIAPHBIE MeMOpaHHbIe
6e/kM, KOTopble 00pasyIoT IapajUlelibHble roMofguMepbl. OT/ebHbIe JOMEHBI 9TUX
6enKkoB cBsi3aHbl ¢ noHamu Ca’, 4TO NpKUAAET VM OIpele/IeHHYI0 KeCTKOCTb. Kanre-
pMHOB HacunThiBaloT 60ree 40 BupmoB. Tak, E-kaprepnn xapakrepeH mjIs KIETOK IIpe-
VIMIUIAHTYPOBAHHBIX SMOPVMOHOB M JJIS1 SIIUTENMNA/TbHBIX KJIETOK B3POC/IBIX OpPraHU3-
MOB. P-kafrepuH xapakTepeH M KJIeTOK Tpodo6macTa, IIAIEHTHl M SMUAEPMICA,
N-KaZrepyH paclo/iaraeTcs Ha IIOBEPXHOCTYM HEPBHBIX K/IETOK, KJIETOK XPYCTaJIMKa,
Ha CepJeYHBbIX U CKeJIeTHBIX MBIIIIAX.

Monexynot aozesuu nepénvix knemox (N-CAM) npuHaiexar K CynepceMeiCTBY
MMMYHOITIOOY/IMHOB, OHU 00pasyIoT CBA3M MeX/ly HepBHBIMU KleTkamu. Hekoropble
u3 N-CAM yuacTBYIOT B CO€[JMHEHN] CHHAIICOB, a TAK)Ke IIPM afire3UM KJIeTOK MMMYH-
HOJ CUICTEMBI.

Cenexmunvl TaK)Ke MHTETpajIbHbIE O€/KM I/Ia3MaTU9eCKOi MeMOpaHbl y4aCTBYIOT B
a/ire3M SHJ0TEIMAIbHBIX KIeTOK, B CBA3BIBAHIY KPOBAHDIX IITTACTUHOK, TeMIKOLIUTOB.

Hnmezpunvi npencTaBisioT co60il reTepOAMUMEpSI, € A 1 P-Lensamu. VIHTerpuHsI B
HEePBYIO OYepellb OCYIECTBI/IAIOT CBA3b KIETOK C BHEK/IETOUHBIMY CyOCTpaTaMy, HO MO-
TyT y4acCTBOBATbh U B a[iT€3UM KJIETOK IAPYT C IPYTOM.

Kak y>ke yka3bIBasoch, Ha IIOTIaBIINe B OPTaHN3M Yy>KepOIHbIe MAKPOMOJIEKYIbI (aH-
TUT'€HbI), Pa3BUBACTCA CTIO)KHAsA KOMIUIEKCHAsA peaklys — UMMyHHasA peakiys. CyTb
ee 3aK/II0YaeTCs B TOM, YTO YacThb IMM(OINTOB BbIpabaThIBaeT CIIeIaIbHbIe OeTKI —
aHTHUTeNA, KOTOpble crenudIiecKn CBA3BIBAIOTCA ¢ aHTMreHaMmu. Hampumep, Makpo-
dary cBOMMM OBEPXHOCTHBIMYU PeLieNTOPaMI Y3HAIOT KOMIUIEKChI aHTUTEH—aHTUTEIIO
¥ IIOI/IOLIAOT UX (HampyMep, HorIolleHe 6akTepuit npu ¢parouTose).

B opranmsme Bcex IMO3BOHOYHBIX, KPOME TOTO, CYLECTBYeT CUCTEMA pelenun Iy-
YKEPOJHBIX KJIETOK M/ JKe CBOMX, HO C U3MEHEHHBIMM Oe/TKaMI IIa3MaTU4eCcKOil MeM-
OpaHbl, HaIpUMep NIPY BUPYCHBIX MHPEKIMAX VIN IPU MY TAIMAX, 4ACTO CBA3AHHBIX C
OITYXOJIEBBIM IIepepOKeHMeM KIeTOK.

Ha noBepXHOCTM BCeX K/IETOK IO3BOHOYHBIX PACIIONATAOTCs O€/KM, T.H. ITABHOTO
KOMIIIEKCa TMCTOCOBMecTuMocTu (major histocompatibility complex — MHC). 9to
MHTerpajbHble Oe/IKV IIMKOIPOTENHBI, reTepofyMepbl. O4eHb Ba)KHO 3aIIOMHUTD, YTO
KX/l MTHAMBUAYM MMeeT cBoii Habop Takux 6enkos MHC. 910 cBsA3aHO ¢ TeM, YTO
OHJV OYeHb HOMMMOPQHBI, T.K. B K&XIOM UHUBIIYME IMeeTCsl O0JIbIIIoe YICIIO a/IbTep-
HaTUBHBIX GOPM OJHOTO U TOTO e reHa (6omee 100), KpoMe TOro, MMeeTCs 7—8 IOKYCOB,
Kopupyomux Monekynsl MHC. 9To npuBoaKT K TOMY, 4TO KaXk/jas K/IeTKa JJaHHOTO Op-
raHyusMa, nMes Habop 6emkoB MHC, 6yaeT oTm4aTbes OT KJIETOK MHAVBUAYMA STOTO
xe Brpa. CrenyanbHad popma mumbountos, T-mmdonmter, ysuator MHC cBoero op-
raHN3Ma, HO Majeiiime usMeHeHus B cTpykType MHC (Hanpumep, cBA3b ¢ BUPYCOM
VIV pe3y/IbTaT MyTaly B OT/Je/IbHBIX K/IeTKaX) IPUBOAAT K TOMY, 4TO T-1uMQoruThI
Y3HAIOT TaKle M3MEHMBIINeCS KJIeTKM U MX YHUYTOXKAIOT, HO He IyTeM (haronuTosa.
OHM BBIIETAIOT M3 CEKPETOPHBIX BaKyoseil crienuduyeckne O6enku-nepdopunul,
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Puc. 13.20. Ataka T-numdouuta (1) Ha uyxepog- Puc. 13.21. T-numdount (1) Bbigenser 6Genku-

HyI0 KneTKy (2), kKoTopas nopsepraetca nusucy (3) nepdopuHbl (3), KOTOPbIE BCTPAUBAOTCA B Nla3maTii-
UecKylo MembpaHy KneTkn-muileHu (2) n obpasytot B
Hel KaHanbl (4)

KOTOpble BCTPAMBAIOTCA B LIMTOIIA3MATUYECKYI0 MeMOPaHy I3SMEHEHHOI KJIeTKY, 00-
pasyIoT B Heil TpaHCMeMOpaHHbIe KaHaJIbl, [e/asl IIa3MaTUIecKy0 MeMOpaHy IpOHM-
[[aeMOIt, YTO ¥ IPUBOAUT K rnbeny uaMeHenHoit knetku (puc. 13.20, 13.21).

6. CI'IEU,I/IaHbeIe CTPYKTYPHbIE€ MEXK/1eTOYHbIe CcoeAnHeHNA

Kpome Takux CpaBHUTENTBHO NMPOCTHIX a/iTe3MBHBIX (HO crienyduyecknx) cBsizeit
(puc. 13.22) cyuiecTByeT Lie/bli pAAL CHELMaTbHBIX MEKKIeTOYHBIX CTPYKTYP, KOHTAK-
TOB WJIVM COEIVHEHMII, KOTOpbIe BBIIONHAIOT OIpefie/ieHHble PYHKIMM. ITO 3anupao-
1y, 3asKOpeBaloIye ¥ KOMMYHVKAI[MOHHbIe coefnHeHns (puc. 13.23).

3anuparouiee 11y IIOTHOE COEAMHEHNE XapaKTEPHO /151 OfHOC/IONHBIX SN TE/IVEB.
9T0 30Ha, I/je BHEIITHIE C/ION [IBYX IUIa3MaTYeCK/X MeMOpaH MaKCUMaIbHO COMVKEHBI.
YacTo BUIHA TPEXCTONHOCTD MEMOPAHbI B 5TOM KOHTAKTE: [IBA BHEITHUX OCMOMMIbHBIX
cnost 06erx MeMOpaH Kak 6Bl CTMBAIOTCS B OFMH OO C101 ToNuHoMi 7-8 HM. Crus-
Hyle MeMOpaH IPOMCXOANT He 110 BCell IIONAY ITIOTHOTO KOHTAKTA, a IPeCTaB/IsIeT
co60it psm ToyedHbIX cOMKeHUit MeMbpaH (puc. 13.24, 13.25).

I
U

3
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1}

A

==
==

Puc. 13.22. Cxema npoCTOro MeXKIeTOYHOro CoeJUHEHMA:

a — NpocToe coefnHeHwe, 6e3 yuacTs crneymanbHbiX CTPYKTYp; 6 — TpaHcMeMGpaHHbIe FMKONPOTenabl onpeaensior
CBA3bIBAHME [BYX COCEMHIX KNETOK



[nasa 13. [Inasmamuyeckas memMbpaxa, nnasmonemma

Puc. 13.23. PacnonoxeHune pasnnyHbIX agresuns- Puc. 13.24. MeXxkneTouHble cneuunanbHble coegu-

HbIX COeJHEHWIA B SHTepoLUTE: HeHusA (KOHTaKTbl). 3. M.:

1 — npocToe coefjuHeHne; 2 — NNOTHOE COeAUNHeHMe; a — N/OTHbIN 3anMpatoLMin KOHTaKT (tight junction); T —

3 — apAresunBHbIN NOACOK; 4 — [ECMOCOMa; 5 — nony- nnasmaTuyeckas membpaHa OfHON W3 COeAUHAIOWUXCA

[eCMOCOMa; 6 — LUeNeBOe COeAUHEHWE; 7 — MUKPO- Knetok; 2 — conuxeHne MembpaH B 30He KOHTaKTa; 6 —

BOPCUHKN HeKCyC, LWeneBoi KOHTaKT (1) mexay asyms (2 u 3) Kap-
auommouutamm

Puc. 13.25. notHoe coe-
JUHEHWe:

a — pacnonoXeHue nNNOTHO-
ro coefuHeHus (BCTaBOYHaA
NNacTMHKA) Ha KNeTKax Ku-
LeYyHoro anuTenua: 1 — mu-
KPOBOPCUHKI; 6 — Tpexmep-
Has cxema yyacTka naoTHOro
coefiHeHWA: 1 — nna3matu-
yeckne membpaHbl, 2 — UH-
TerpanbHble 6enku (OKKNy-
AVHBI Y KNayAyHbi)
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Ha n0cKoCTHBIX Mpemaparax pas1oMOB IU1a3MaT4eCcKOil MeMOpaHbl B 30HE IIOT-
HOTO KOHTAaKTa C IIOMOLIbI0 MeTOJa 3aMOPAKMBAHMs M CKaJIbIBaHMs OBUIO OOHApY-
XKEHO, YTO TOYKM COIPUKOCHOBEHUs MeMOpaH NPEACTAB/IAIT cO00il psfbl ITOOYII.
910 OeNKM OKKIYOUH U KIAyOuH, ClielifanbHble MHTETpaabHble O€NKY IIasMaTnye-
CKOJT MeMOpaHbl, BCTpOeHHbIe psifaMu. Takue psabl [100Y/ MIn MOIOCKM MOTYT Iepe-
CeKaThbCs TaK, YTO 00Pa3yIoT Ha MOBEPXHOCTI CKO/IA KaK OBl pereTKy, 1 ceTb. O4eHb
XapaKTepHa 3Ta CTPYKTYpa /IS SIUTE/INEB, 0COOEHHO JKeIe3UCThIX U KUIIeYHbIX. B mo-
C/lelHeM Ciydae IUIOTHBII KOHTAKT 00pasyeT CIUIOLIHYIO 30HY CVSIHMUA IIa3MaTude-
CKMX MeMOpaH, ONOsICHIBAIOIYIO KJIETKY B allMKa/IbHOI (BepXHeli, CMOTpsLell B Po-
CBeT KMIIeYHMKa) ee gacTu (cM. puc. 13.25). Takum o6pasom, Kax/ast KJIeTKa IJIacTa
Kak ObI 00BeJleHa JICHTOI 9TOT0 KOHTaKTa. TaKyue CTPYKTYPBI IPM CllelnaTbHBIX OKpa-
CKaxX MOXXHO BUJETh U B CBETOBOM MUKpockore. OHu monyumnu y Mop¢dhooros Ha-
3BaHNe 3ambikarouiux naacmunok. OKasanoch, YTO B JAHHOM CTy4ae POJIb 3aMbIKa0-
I[er0 IIOTHOTO KOHTAKTa 3aK/II0YaeTCs He TO/IbKO B MEXaHIYECKOM COeVIHEHNUN KIle-
TOK JIPYT € ApyroM. ITa 06/1acTh KOHTAKTA IUIOXO ITPOHMI[AeMa /TSI MaKPOMOJIEKYI 1
JIOHOB, /1 TeM CaMBIM OHa 3aNMpPaeT, IePEerOPAKMBAET MEXXK/IETOYHbIE [TONOCTH, U30-
nupys ux (¥ BMecCTe C HUMM COOCTBEHHO BHYTPEHHIOIO CpPefly OpraHi3Ma) OT BHEIIHel
cpenbl (B JTaHHOM CTy4ae — IPOCBET KUIIeYHMKa). I/TOTHbIe KOHTAKThI ABJIAITCA Oa-
pbepaMy He TOJNBbKO ISl MAaKpPOMOJIEKY, HO U HEIIPOHMIAEMBbI IS KUAKOCTEN 1 MO-
HOB.

Hapyurenns mIOTHBIX KOHTAKTOB IPMBOAUT K TsDKEIbIM IOCTEACTBUAM. Tak, Ha-
C/IefiCTBEHHbIe M3MeHeHMs KIayfiuHa 16 Ipy I'MIOMarHe3VMUM HapyIIal0T HOpPMaslb-
HBIJ OTTOK MarHMs B IOYKaX, MyTaluM KlayayuHa 14 Be#yT k riyxote. TokcuH xomnep-
HOTO BMOPMOHA TaK)Ke HapylaeT 6apbep MPOHUIIAeMOCTI KUIIEYHOTO SINUTENNS: IPU
3TOM IIPOMCXOAUT MaCCUBHAsI TOTEPsI MIOHOB 1 BOABL, YTO IPUBOANT K Aapee U JIeTalb-
HOMY 00€3BO>KMBaHUIO.

3asaxopesarowue, VN cuennAOUsUe COOUHEHUS VTV KOHTAKTBI, TAK HAa3bIBAIOTCA
13-3a TOTO, YTO OHM COEJMHAIOT He TOIBKO IIa3MaTiyecKue MeMOpaHbl COCEHMX Kie-
TOK, HO ¥ CBSI3bIBAIOTCA ¢ GUOPWILIPHBIMY 97IeMeHTaMy IuTocKeneta (puc. 13.26).
[l 3TOTO pOAA COEAVMHEHNIT XapaKTepHO Haln4ue ABYX TUIOB 6enKoB. [TepBblit — aT0

Puc. 13.26. Cxema cTpoeHus 3asaKopu-
BaIOLMX aAre3vBHbIX COeOUHEHWIA:

1 — nnasmaTtuyeckas membpaHa; 2 —
TpaHCMeMOpaHHbIE  JIMHKEPHbIE  FNKO-
npoTenabl; 3 — BHYTPUKNETOUHblE 6enku
cuenneHns; 4 — 3MeMeHTbl LUTOCKENeTa
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Puc. 13.27. Anre3nBHbli (CLENNSIOLWMIA) NOACOK (neHTa):

a — PacrosoXeHe ero B KNeTKe; 6 — BUA Ha YNIbTPATOHKOM Cpe3e; 8 — cxema: | — nia3maTtnyeckas membpaHa; 2 —
C10 BUHKYINHA; 3 — aKTUHOBbIE MUKPODUNAMEHTbI; 4 — NMHKEPHble FNKONPOTENbl

TpaHCMeMOpaHHble TMHKepHble cBssyouye CAM-6e1kn, KOTOpble Y4aCTBYIOT VN B
COOCTBEHHO MEXK/IETOYHOM COEAVMHEHUN WIN B COSAVHEHNM I/Ia3MOIEMMBI ¢ KOMIIO-
HEeHTaMI BHEK/IETOUHOTO MaTpuKca (6asanpHas MeMOpaHa SIUTe/I1ieB, BHEK/IETOUHbIE
CTPYKTYpHbIe O€/IKM COeAVHUTEIbHOI TKaHM).

BTopoit — BHYTpUK/IETOYHbIE 6enKu, COeMUHSIONINE VTN 3asIKOPEBAIOIIe 32 MEM-
OpaHHBbIe 9/IeMEHTBI TAKOT'O KOHTAKTA IIUTOIIa3MaTIdecKue GUOpPIIIBI LIUTOCKEIeTa.

K 3asgxopeBamolM COENVHEHNAM OTHOCATCA MEXK/IETOUHbIE CLEIUIAINE TOYeY-
Hble KOHTAKTBI, CIIeTUIAOIIE JIEHTBI, POKaTbHbIe KOHTAKTBI MV OJIALIKY CLIeTUIEHVS —
BCE 9TY KOHTAKTBI CBA3BIBAIOTCS BHYTPM K/IETOK C aKTMHOBBIMYU MUKPO(dUIaMEeHTaMI.

Jpyras rpynma 3askopeBalolnX MeXXK/ICTOUHBIX COeVHEHNIT — 0ecMOCOMbL VI nO-
71y0ecmMocombl — CBA3BIBAIOTCA C OPYTUMMU 37IeMeHTaMI IIMTOCKe/IeTa, a MIMEHHO C IIPo-
ME>KyTOYHBIMU (PVTAMEHTAMIL.

Me>XK/IeTOUHbIe TOYEYHBIe CLEIUIAIONe COeAMHeH)sI OOHApYKeHbl Y MHOTMX He-
3MNTENINATbHBIX TKaHell, HO 00/lee OTYET/INBO OINCAaHA CTPYKTYpa cheyuanvhoix (ao-
2e3U6HVIX) 7IeHM B O{HOC/IOVHBIX SIUTeVsIX (puc. 13.27). ITO CTPYKTypa OMOsIChIBAET
BeCb IIePMMETP SIUTENNATBbHON KJIETKM, TOJOOHO TOMY KaK 3TO IIPOUCXOAUT B C/Iydae
IIJIOTHOTO coefiHeHMA. Halle BCero Tako IOsACOK WIIN JIEHTA JIEXKUT HIVDKE IIOTHOTO
coemuHeHys (cM. puc. 13.28). B atom MecTe ma3marideckyie MeMOpaHbI He COMVDKEHBI,
a layKe HECKOJIbKO pasHaBMHYTHI Ha paccTosiHue 25-30 HM, 1 MEeXXy HMMM BYIHA 30HA
MMOBBIIIEHHON IIOTHOCTHU. ITO HMUYTO MHOE KaK MecCTa BSaMMOI[eﬁ[CTBMH TpaHCMEM-
OpaHHBIX IJIMKOIPOTEN OB, KOTOPbIe CIeI(PIYecKy CLEIUIAITC IPYT C APYroM 1 obe-
CIIEYMBAIOT MEXaHIYECKOe COeMHEeHe MeMOpaH JIBYX COCE[HNX KIeTOK. DTHU JIMHKep-
Hble Oe/IKM OTHOCATCA K E-KapreprHam — 6Oenkam, o6ecriednBaroinM crerudnyeckoe
y3HaBaHUe KIeTKaMJ1 OffHOPOHBIX MeMOpaH. PaspylieHne aToro ¢1os I/IMKOIpOTENI0B
IPUBOAUT K 000COOTIEHNIO OTAE/IbHBIX K/IETOK VM PaspyLIeHNI0 SIUTEINAIbHOTO IIIa-
cra. C UTOIMIa3MaTI4YeCKOl CTOPOHBI OKOJIO MeMOPaHbI BUJHO CKOIUIEHNE KaKOT0-TO
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Puc. 13.28. QoKanbHbI KOHTAKT:

a — pacnonoxeHue B dpnbpobnacte; 6 — monekynapHaa cxema; 1 — nnasma-
TMYeCKan membpaHa; 2 — MUKpPOdUIAMeHTbl; 3 — GUOPOHEKTUH; 4 — UHTe-
TPWH; 5 — TaNuH; 6 — BUHKYNIUH; 7 — a-aKTUHUH

Puc. 13.29. lecmocoma:

a — PacronoXeHue B KNeTKe; 6 — MoseKynapHan cxema: 1 — nnasmaTmyeckas
MeMbpaHa; 2 — [eCMOIIeNHOBbIN CNOI; 3 — ol JecMonaknHa; 4 — npome-
XKyTOuHble GpunameHTsl; [l — gecmocoma; M — nonyaecmocoma

IUIOTHOTO BEIeCTBa, K KO-
TOPOMY HPUMBIKAeT CIIOi
TOHKMX (6—7 HM) punaMeH-
TOB, JIOXKALINX BJO/b I/1a3-
MaTu4ecKkoil MeMOpaHbl B
BUie IyYKa, MAYIEro IO
BCEMY HEPUMETPY KIEeTKIN.
Tonkue ¢unameHTH OTHO-
CATCSI K AKTMHOBBIM u-
OpwiraM, OHM CBs3BIBA-
I0TCA € IIa3MaTUYeCKOM
MeMOpaHOJl TIOCPENCTBOM
0e/IKOB KaTeHUHA, BUHKY-
JIVHA, O-aKTUHUHA, o0pa-
3YIOLMX IJIOTHBIN OKOJIO
MeMOpaHHBI C/IOVA.
QyHKIMOHANbHOE 3Ha-
JeHIe TAKOrO JIEHTOYHOTO
COENVMHEHNUs 3aK/IIYaeTCs
He TOJIbKO B MEXaHIYECKOM
CLeIIeHNN KJIeTOK APYT C
JPYTOM: IPU COKpAI[eHnn
AKTMHOBDBIX q)MHaMeHTOB B
JIeHTe MOXXeT M3MEHATbCS
¢dopma knerkn. Cuura-
eTCs, YTO KOOIlepaTMBHOE
COKpallleH/e  aKTMHOBBIX
¢ubpmnn BO Bcex Kiet-
KaX OINUTEeNANTbHOTO IIIa-
CTa MOXXET BBI3BaTbh M3Me-
HEHJe ero TeOMeTpuM, Ha-
npuMep, CBOpauylMBaHUeE B
TPyOKY, TIOZOOHO TOMY, YTO
TMPOUCXOMUT TP 06paso-
BaHMM HEPBHOI TPYyOKM y
9MOPMOHOB TO3BOHOYHBIX.

HlecMOCOMBI, CTPYKTYPbI B Bijie OIsAIIEK MU KHOIIOK TAK)Ke COEINHSIOT KJIETKY IPYT
c gpyrom (puc. 13.28-13.30). B MeXXK/1e TOYHOM IIPOCTPAHCTBE 3/1eCh TAK>Ke BUJIEH IUIOT-
HBII1 CJIO1, IPefICTaB/IEHHBII B3aMMO/EIICTBYIOIMMI HTETPaIbHBIMYI MeMOpPaHHbIMU
KaJirepyHaMyl — JIeCMOIJIEMHAMM, KOTOpbIe CLEIUIAI0OT KIeTKY ApYT ¢ apyrom. C u-
TOITA3MATUYECKO CTOPOHBI K I[/Ia3MOJIEMMe IIPUIEXUT CTI0i OeTKa-{eCMOIIaKIHa,
C KOTOPBIM CBsI3aHBI IPOMEXYTOYHbIE (DMIAMEHTHI LUTOCKeTeTa. [lecMOCOMBI BCTpe-
YAIOTCs Yallle BCETO B SMUTENNX, B 9TOM CIydae IPOMEXYTOUHble (IUTaMEeHThI COfep-
JKaT KepaTHBL. B cepiedHoit MbIIIIIe KITeTKI, KAPIVOMUOLIUTBI, COEPXKAT JeCMUHOBBIE
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Puc. 13.30. MeXxkneTouHble coeanHeHns (KOHTaKTbI):
a — 0eCMOCOMbl; 6 — LieneBble COEANHEHNA MeXAY KNeTKamu nevyeHu; 1 — nna3martunyeckasa MeM6paHa; 2 — MeXKne-

TOYHOE NPOCTPAHCTBO; 3 — AeCMOCOMa; 4 — LLENeBON KOHTaKT

GuOpMIIBI B COCTaBe AeCMOCOM. B sHIOTeMNM COCY/I0B B COCTAB eCMOCOM BXOJIAT BI-
MEHTIHOBBIE IIPOMEKYTOUHBIE (PVTAMEHTBL.

ITonysecMocoMbl B IPMHIINIIE CXO/IHBI 110 CTPOEHNIO C eCMOCOMOIA, HO IIPefiCTaB-
0T 0001 COeVHeHMEe K/IeTOK C MeXXK/IeTOYHBIMU CTPYKTypaMu. Tak, B SIMTeIMAX
JIMHKepHBIe TIMKOIPOTENIbI (MHTEIPUHBI) JeCMOCOMbI B3aMIMOJIEICTBYIOT C OenKaMu
T.H. 6a3a/IbHOI MeMOpaHbI, Kyla BXOAAT KOJUIATeH, TAMIHIH, IPOTEON/IMKAHBIL 1 Jp.
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DyHKIMOHAIPHASA POJIb ZeCMOCOM U IOMYAECMOCOM Cyrybo MeXaHM4YecKass —OHU
CLeIVIAIOT KJIeTKY APYT C APYTOM 1 C HOA/IEXKAIVIM BHEK/IE TOYHBIM MaTPUKCOM IIPOYHO,
YTO [IO3BO/ISIET SMUTE/TNAIBHBIM [UIACTAM BbIIEP)KMBATh OOJIbIINE MeXaHIYeCKue Ha-
rpysku. ITofo6HO 3TOMY [1eCMOCOMBI IIPOYHO CBSA3BIBAIOT JPYT C APYTOM KJIETKU Cep-
IEYHOJ MBIIIIII, YTO II03BO/ISIET MM BBIIO/IHATD OTPOMHYIO MEXaHIUYECKYI0 HarpysKy,
0CTaBasICh CBA3AHHBIMU B eVHYIO COKPAIAIOLIYIOCA CTPYKTYPY.

B oTnuune oT IJIOTHOTO KOHTAKTA BCE TUIIBI CLIEIUISIOMINX KOHTAKTOB IIPOHNIIaeMbl
IUIs1 BOGHBIX PAaCTBOPOB ¥ He UTPAIOT HUKAKOJ PO/ B OTpaHndeHnn Judysnn.

®okanbHbIe KOHTAKTBI, WM OIANIKY CIeIVIeHN, BCTPEYaloTCs Y MHOTUX KJIETOK
U 0CO6EHHO XOPOLIO U3y4eHsl y ¢pubpobmacToB. OHU OCTPOEHBI IO 00LIEMY IUIAHY
CO CLEIUIAIOLIVIMYU JIEHTaMU, HO BBIPaXKEHBI B BiJie HEOO/MbIINX YIaCTKOB — OJISIIEK Ha
11asMonieMMe. B aToM cry4yae TpaHcMeMOpaHHbIe TMHKePHbIe OeTKI-VIHTeTPYHBDI CIIeLV-
(dbuvecku CBSI3bIBAIOTCS € OeTKaMyl BHEKJIETOUHOTO MaTpuKca (Hanpumep ¢ GpubpoHek-
THHOM) (cM. puc. 13.28). Co CTOPOHBI IIUTOIUIA3MBbI T K€ IJIMKOIIPOTEV/Ibl CBSI3aHBI C
IpuMeMOpaHHBIMU OeKaMy, KyZia BXOAUT ¥ BUHKY/IVH, KOTOPBIIT B CBOIO OYepeNb CBsI-
3aH C IYYKOM aKTMHOBBIX ¢yiaMeHToB. OyHKIMOHATbHOE 3HaYeHe (POKATbHBIX KOH-
TaKTOB 3aK/II0YAeTCA KaK B 3aKpeIlJIeHNN KIeTK) Ha BHEK/IETOYHBIX CTPYKTYPaxX, TaK I
CO3JaHMM MEeXaHU3Ma, IT03BOJIAIOIIEro KIeTKaM IepeMenaThCsl.

IlleneBble KOHTAKTBI CUNTAIOTCS KOMMYHUKALMOHHBIMYU COCIMHEHNAMU KIIETOK;
3TO CTPYKTYPbI, KOTOpbIE Y4aCTBYIOT B IIPAMOI Iepefjaue XMMMYECKUX BeIleCTB U3
KJIeTKM B KJIETKY, YTO MOXKeT UIPaTh OOJMbIIYI0 (PU3MONIOTMYECKYI0 POIb He TONIbKO
npy GyHKIMOHMPOBAHNM CIELMANTN3MPOBAHHBIX K/IETOK, HO U 00ecredynBaTh MeX-
K/IETOYHbIE B3AUMOJIEICTBUS IPU PA3BUTUU OPraHuU3Ma, npu nuddepeHInpoBKe ero
KJIETOK. XapaKTEePHBIM [IJIsI 9TOTO TUITa KOHTAKTOB SIBISIETCS COMMKeHMe TITa3MaTye-
CKMX MeMOpaH IByX COCeJHIX K/IeTOK Ha paccTosgHMme 2-3 HM (puc. 13.31). VimenHo aTo
00CTOSITE/IBCTBO [JO/ITOE BpeMsi He TI03BOJISA/IO Ha YIbTPATOHKUX Cpe3ax OT/INYUTD IaH-
HBIIT BUJ{ KOHTAKTa OT IUIOTHOTO Pa3fie/TMTeNbHOTO (3aMbIKaoI[ero) KouTakra. [lpu mc-
IIO/Ib30BAHNY TUIPOOKUCH
JIaHTaHa OBUIO 3aMedeHO,
YTO HEKOTOpble IUIOTHbIE
KOHTaKTbI IPOIYCKAIOT
KOHTpacTep. B aTom ciy-
yae JIAHTaH 3aIlO/IHS/ TOH-
KYIO 1Ieb IMPUHON OKOJIO
3 HM MeXAy cOMDKeHHbIMU
I1a3MaTNYeCKUMMA MeM-
OpaHaMy  COCETHUX KIle-
TOK. OTO U MOCITY>XWIO IIO-
SIBJICHUIO TEPMIHA — IIlefle-
BOJI KOHTAKT. [ampHemmi
nporpecc B pacimnppoBke
ero CTpPOeHust ObIT JOCTHUT-
Puc. 13.31. lleneBoe coeanHeHne, obLan cxema: HYT TIpM MCIONb30BaHUM
T — KOHHEKCOH; 2 — nja3maTiyeckas MmembpaHa MeTOAa 3aMOpPaXMBaAHUA—
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ckanpiBanmsA. OKasanoch, YTO Ha CKO/IAaX MeMOpaH 30HBI 1je/IeBbIX KOHTAKTOB (pa3Me-
poB ot 0,5 10 5 MKM) yCesHbI TeKCaroHa/IbHO PacIlONIOKeHHBIMMY ¢ eprofioM 8—10 HM
JacTuamu 7-8 HM B fyaMeTpe, MMEOIIVIMY B IIeHTPpe KaHajI OKOJIO 2 HM IV PYHO. DTH
JaCTUIIbI IIO/TYy4YV/IY Ha3BaHVe KoHHeKkcoHo6 (puic. 13.32). B 30Hax 11e71eBOro KOHTaKTa
MOXeT ObITb 0T 10-20 5O HECKOTIBKUX THICSY KOHHEKCOHOB B 3aBUCUMOCTH OT QYHK-
IIIOHA/IbHBIX 0COOEHHOCTeNl K/IeTOK. KOHHEeKCOHBI ObIIN BBIfIE/IEHBI IIpeIapaTUBHO,
OHU COCTOAT U3 IIeCTU CyObeANHNL KOHHEKTUHA — 0e/IKa ¢ MOJIEKY/IIPHBIM BECOM
okoro 30 teic. O6BEANHAACH APYT C PYTOM, KOHHEKTUHBI 00pa3yoT LVINHpUYe-
CKMII arperaT — KOHHEKCOH, B LIeHTpe KOTOPOro pacrosnaraeTcsa KaHana. OTHenbHbIe
KOHHEKCOHBI BCTPOEHBI B IIA3MAaTUYECKYI0 MeMOpaHy TakK, 4TO MPOOOMAIOT ee Ha-
ckB03b. OJHOMY KOHHEKCOHY Ha I/Ia3MaTN4eCcKoil MeMOpaHe K/IeTKV TOYHO IPOTUBO-
CTOMT KOHHEKCOH Ha I/Ia3MaTH4ecKoil MeMOpaHe coceHell KIeTKM TaK, YTO KaHaJIbl
IBYyX KOHHEKCOHOB 00pa-

3yI0T efmHOoe nenoe. KoH- @
HEKCOHBI UTPAIOT PONIb IPs-

MBIX MEXK/IETOYHBIX KaHa-

JIOB, TI0 KOTOPBIM MOHBI U %
HU3KOMOJIEKY/IApHBIE  Be- %
mecTBa MOryT audyHmm- \
poBaTb U3 KJIETKU B KJIETKY. \ ]
KOHHEKCOHBI MOTYT 3aKpbl-

BaTbCsA, U3MEHAA [MaMeTp
BHYTPEHHETO KaHaJla, K TeM

Y4acTBOBaTb B perynAlun

TPAHCIIOPTAMOJIEK YT MEXTY
KIIeTKaMI (pI/[c. 13.33). Puc. 13.32. llleneBoe coeauiHeHrie B OTKPBITOM (@) 1 3aKpbITOM (6)
COCTOAHNU: 1— KOHHEKCOH; 2— mya3maTtryeckas MembpaHa

o~

d

Oxkasanocsh, 4To Npy UHD-
eKIUM B ONHY KIETKy iy-
OPECLMIPYIOLETO  KPacUTe/Ls
MeTKa OBbICTPO OOHAPYXM-
BAeTCsl B COCENHUX KIIeTKax.
Viconb3yst  pasHble  iryo-
POXPOMBI, Ha KJIETKaxX KYJIb-
TYPBI TKaHY MJIEKOITV TAIOIINX
6bUI0 OOHAPY>KEHO, 4TO Yepe3
Ije/ieBble  KOHTAKTBI MOTYT
TPaHCIOPTUPOBATbCA  Bellle-
CTBa C MOJIEKY/IAPHBIM BECOM
He 6omee 1-1,5 ThIC. U pa3me-
poMm He 6oree 1,5 Hm. Cpenn
3TUX BEIeCTB ObUIM pasHbIe
VIOHBI, AaMMHOKNUCIIOTBI, HY-

Puc. 13.33. KOMMyHUKaLMOHHaA GyHKLMA LLeNneBblX COefUHEHWIA.
MpY MUKPOUHBEKLMI HU3KOMOSEKYNIAPHOIO GJlyOpOXpoMa B OfHY
KICOTMABL, ~ CaXapa, BUTA- 3 «neTok Mpu aKTUBHBLIX LENEBbIX COEAUHEHNAX KpacuTenb andg-
MUHBI, CTEPOVAbI, TOPMOHBI,  (yHAMPYET B COCEAHIE KNETKN
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DAM®. Hu Genkm, HU HYKJIEUMHO-
Bble KIC/IOTBI Yepe3 Ie/ieBble KOH-
TaKTbI IPOXOJUTH He MOTYT.

Takasg CIIOCOOHOCTDL  Ieje-
BBIX KOHTaKTOB C/Iy>KUTb MECTOM
TPAHCIIOPTAa  HU3KOMOJIEKYJIAP-
HBIX COeIMHEHMII MCIO/Nb3yeTCs
B TeX KJIETOYHBIX CUCTeMaX, IZie
Hy>XHa ObICTpas Iepefaya 3/eK-
TPUYECKOTO VMITyJIbca (BOJHBI
BO30YXX/IeHUsI) OT KIETKM K
KIeTKe 0e3 ydyacTusa HEPBHOTO

Menmaropa. TaK, BC€ MbIIICYHbIC

Puc. 13.34. Uenesoe coepnHenve (HeKcyc) MeXay Kapamno-  kjreTkm MMOKapja Cepilia CBA-
muouuTamu (3.m.)

3aHBI C IIOMOIIBIO Ie/IeBbIX KOH-

TaKTOB (KpOMe TOTO, K/IeTK! TaM
CBSI3aHBI U AITe3MBHBIMY KOHTaKTaMM) (puc. 13.31, 13.34). Dto cosmaet ycnoBue s
CMHXPOHHOTO COKpAllleHNs OTPOMHOTO KOIMYeCTBa KJIETOK. IIpy pocTe KyIbTypbl
9MOPMOHANTBHBIX CEP/IeYHbIX MBIIIEYHBIX KIETOK (MMOKApAMOLUTBI) HEKOTOpbIE
KJIeTKH B IIACTe HAYMHAIOT HE3aBUCUMO JPYT OT APyra CHOHTAHHO COKPAIATbCs C
PasHOI 4aCTOTOI, U JIMIIb TONBKO IOCIe 00Pa3OBAHMSA MEX/Y HUMM 1IieIeBBIX KOH-
TaKTOB OHV HAYMHAIOT OUTHCA CMHXPOHHO KaK e[JHBII COKpAIAIOMIICS I/IACT KIle-
TOK. TakuM e crioco6oM obecreuynBaeTcss COBMECTHOE COKpallleHNe I/1aIKOMBbIIIey -
HBIX K/IETOK B CTEHKe MaTKIU.

Ile/ieBble KOHTAKTBI MOTYT CIYXXUTD Lie/IIM MeTabO0NMN4eCcKOoil KOOIepaluu MeXAy
KJIeTKaMy, OOMEHUBAsACh Pa3IMYHbIMU MOJIEKy/IaMu, ropmMoHamu, BTAM® i mera-
6omuramu.

Y paHHUX SMOPUMOHOB IO3BOHOYHBIX, HAYMHAsL C 8-KJIETOYHON CTafuM OOJBIINH-
CTBO KJIETOK CBSI3aHO JIPYT C APYTOM IjeleBbIMU KOHTakTamu. I1o mepe puddeperum-
POBKU 5MOpPUOHA IIe/ieBble KOHTAKThI MEX/[y BCeMM KIeTKaMU MCUe3ai0T I OCTAIOTCS
TOJIBKO MEXJy IPYIIIaMi CIlelnaan3upyoyxcs KieTok. Hampumep, mpu obpasosa-
HUJ HEPBHOI TPYOKM CBA3b K/IETOK 3TOI CTPYKTYPBI C OCTA/IbHBIM SMNAEPMICOM IIpe-
pbIBaeTcs, pa3oOIaeTcs.

Pa3Mepbl MeXXK/IeTOUHbBIX KaHa/IOB B KOHHEKCOHAX MOXKET Pery/IMpOBaTbC M aXKe
IIO/THOCTBIO MTePeKPBIBATHCA. IDTO 3aBMCUT OT BO3pacTaHMsl KOHI[eHTpanuy noHoB Ca
B Of[HOJ M3 KJIETOK IIPY MOBPEX/EHNUM ee IIa3MaTHuecKoil MeMOpaHbl. TeM caMbIM
IpefoTBPAIAeTCs PACIPOCTPAHEHNe HAPYLIEHHOTO IOHHOTO FOMeOCTa3a B COCEIHNIX
KeTKax (cMm. puc. 13.24).

Takoe CBOJICTBO O4€Hb BaYKHO LA TIOJIIeP>KaHNA LeTIOCTHOCTH M PabOTHI BCETO CTIOA
KJIETOK, TaK KaK ITOBPeX/eHIe OHOI 113 HIX He IepefaeTCs Ha COCEHMIT dyepes IIjete-
Bble KOHTAKTBI, KOTOPbIE ITePeCcTal0T paboTaTh KaK MeXXK/IeToYHble A1 Ppy3noHHbIe Ka-
Hasbl. HekoTopsle HacecTBeHHbIe 60Me3H, IPUBOAALINE K AeTeHepanny mnepudepu-
4eCKMX HEPBOB, MBIIICYHBIX TKAHEl! ¥ Jp., CBSI3aHbI C MyTALUAMY KOHHEKCHHOBBIX OeI-
koB. Tak, myTarus 6enka Cx26/B2 npuBoauT k ryxore, a Cx46/a3 — K KaTapakre.
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CHMHAOTHMYECKIIT KOHTAKT (CHHAIICHI).
OTOT TUII KOHTAKTOB XapaKTepeH [/l HePBHOI!
TKaHM ¥ BCTpeYaeTcsA KaK MeXIY OBYMs:A Heli-
poHaMM, TaK M MEXJy HEMPOHOM M KaKUM-
60 MHBIM 37IEMEHTOM — PeLenTOPOM WK
addexkropoM (Hampymep, HEPBHO-MBIIIEYHOE
okoH4YaHue). CHHAIICBI — y4acTKM KOHTAKTOB
OBYX KJIETOK, CHEeIVaau3VPOBaHHbIX A Ofl-
HOCTOPOHHEN Ilepefiauyt BO3OYXXAEHMS WIN
TOPMOXKEHNA OT OfTHOTO 3JIEMEHTa K JPYroMy
(puc. 13.35). B mpuunume, mogo6HOro popa
GyHKIMOHAbHAA HArpyska, Ilepefada VM-
IyJIbCa MOXKET OCYIIECTBAATBCA M OPYTUMM Puc. 13.35. Cxema cMHanTU4YeCcKkoro HEPBHO-
TUTIAMY KOHTaKTOB (HalpyUMep, 1e/leBbIM KoH- O COSANHEHNA:

TAKTOM 1 CepACIRDH ML), ORHAKD b ci- IR M bt
HATITUYECKOI CBSI3M JOCTUTAETCST BBICOKast 3¢- Mem6paHa; 3 — cUHaNTUYecKas Wenb; 4 — cuHan-
(beKTMBHOCTD B peajM3aliy HEPBHOTO MM-  TAYECKe Ny3bipbki; 5 — MUTOXOHAPMM
nynbca. CuHAIChl 00pa3ylTCs Ha OTPOCTKAX

HEPBHBIX KJIETOK — 3TO T€pMMHA/IbHbIE YYACTKU EHIPUTOB M AKCOHOB. MeXHepoH-
Hble CYTHAIIChI OOBIYHO VIMEIOT I'PYIIEBY/IHBIX PACLIMPEHNIL, O/Is1IeK Ha KOHIle OTPOCTKA
HEepPBHOI K/IeTKI. Takoe TepMUHATbHOE paclIipeHyie OTPOCTKA OHO 13 HEPBHBIX KiTe-
TOK MOXKeT KOHTAKTMPOBATh ¥ 00Pa30BbIBATh CMHANITUYECKYIO CBSI3b KaK C TeJIOM APY-
rojl HEPBHOII K/IETKY, TaK U C ee oTpocTKamu. [lepudepndeckue oTpoCcTKM HEPBHBIX
KIeTOK (aKCOHBI) 00pas3ylT crenupuyeckyse KOHTAKTBI C KIeTKaMu-3pdeKTopamMmu
WIN KJIeTKaMu-penentopamu. CrefoBaTenbHO, CMHAIIC — 3TO CTPYKTYPa, 06pasyola-
sICSL MEX/TY YIaCTKaMU JBYX KJIeTOK (Tak ke Kak 1 gecMocoMa). MeMOpaHBbI 9TuX Kile-
TOK pa3fie/ieHbl ME>XXK/IETOYHBIM IIPOCTPAaHCTBOM — CUHAIITMYECKOI 11le/IbI0 HIVIPUHOM
o0Kkoo 20-30 uM. HacTo B IpocBeTe 3TOI 1IeIN BULEH TOHKOBOJTOKHNCTDIN, IIEPIIeH -
KY/ISIPHO PacIIONIOXKEHHBIIT 110 OTHOILIEHNI0 K MeMOpaHaMm Marepuan. MemOpana B 060-
JIACTY CMHANTUYECKOTO KOHTAKTa OJJHO KJIETKY Ha3bIBAETCA NPeCUHANMU1ecKoil, fpy-
rOil, BOCIPUMHVMAKOLIEN UMITYNIbC, — HOCHCUHAnmMu4eckoil. B 371eKTPOHHOM MMKpPO-
cKkorle 06e MeMOpaHbI BBIIIAIAT IVIOTHBIMY, TONCTHIMU. OKOMIO MpeCHHANTHYEeCKO
MeMOpaHBbI BBISIB/ISIETCSI OTPOMHOE KO/TMYECTBO MEJIKUX BaKyOsIeil, CMHAIITUYECKUX I1Y-
3bIPbKOB, 3aII0/IHEHHBIX MefinaTopaMu. CMHaNTHYeCKMe ITy3bIPbKI B MOMEHT IIPOXO0XK-
IeHVsI HePBHOTO MMITY/IbCA BBIOPACBIBAIOT CBOE COAEPXKMMOE B CHHAITUYECKYIO IIe/Ib.
[MocTcuHanTUYecKkass MeMOpaHa 4acTo BBIIJIALUT TOJMILE OOBIYHBIX MEMOPaH 13-3a CKO-
IUIeHMsI OKOJIO Hee CO CTOPOHBI IIUTOIIa3Mbl MHOXKeCTBA TOHKUX (pubpu.




LELERE

BakyonapHasa cucrema
BHYTPUKNETOYHOro TPaHCMopTa

BakyorsipHas cucTeMa, COCTOAIIAst 13 OFfHOMEMOPAHHBIX pa3HOOOPasHbIX II0 CTPOe-
HUIO ¥ QYHKIMAM OpraHe/Ul (SHAOIIa3MaTUYeCKUI PeTUKY/TYM, annapat [ombmxu, mm-
30COMBI, 9HJOCOMBI, CEKPEeTOPHBbIE BaKyO/I!) BBIIONHAET 0OLIYI0 (PYHKLMIO CHHTe3a,
nepecTporiku (MopuduKanun), COPTUPOBKM U BbIBeIeHNUs (IKCIIOpTA) U3 KIETKU OMO-
HIO/TMIMEPOB, IJIABHBIM 00pa3oM 0e/IKOB-ITIMKOIIPOTEN OB, a TaKXe QYHKIMIO CHTe3a
MeMOpaH 9TOI CUCTEMBI U TTa3MaTUIECKOIT MEMOPAHBI.

Heo6xomuMo OTMETHUTB, YTO CMHTE3 OCHOBHOI MACChI KJIETOYHBIX O€/TKOB ITPOTEKAET
Ha moiucoMax B 1urtosone. OcoOeHHOCThIO 6EIKOBOrO CUHTE3a B LIUTO30/1€ SB/IAETCA
TO, 4TO B 3aBucumocty ot tuna PHK cunresupyrorcs pasnmynble 6enkim, Hampasis-
FOLIECS] CTPOTO K CBOMM GHYMPUKIEMOUHBIM KOMHOHEHMAM. DTO CBSI3aHO C TeM, UTO

Puc. 14.1. O6was cxema CMHTe3a U nepemelleHns 6enka B
KrneTke:

1 — cuHTe3 6enka Ha NoNMPUOOCOMax B LMTO301e; 2 — BaKyonapHas
cncTeMa; 3 — cuUrHanbHble NOCiefoBaTENbHOCTM aMUHOKUCIOT; 4 —
IMP- KOTPaHCNALMOHHDIN NepeHoC; 5 — annapat lonbaxu; 6 — nn3o-
COMbI; 7 — CEKPETOpPHbIe BaKyonu; 8§ — 3HAOLMTO3; 9 — NOCTTPaHCNA-
LIMOHHbIN NEPEHOC LMTO30/bHbIX OENKOB, AAepHbIX benkos (10), 6en-
KOB nepoKcucom (11), mutoxoHapuanbHbix 6enkos (12)

pasHble 0 Ha3HAYEHUIO OeIKn
MIMEIOT OIIpeJie/IeHHbIE «CUTHAIIb-
HbIe» T0C/IE0BATEIbBHOCTY aMU-
HOKIICITOT, KaK OBl azipeca, 1o KO-
TOPBIM pasHble OenKM pacmpefe-
NATCA B KineTke. Tak, AnepHble
6ermku nmeroT NLS-curHanpHyo
IIOC/IENOBATENLHOCTD, OEIKI MU-
TOXOHZPUI IMEIOT CBOIO, TaK K€
KakK OeKM LUTO30/14, LUTOCKE-
neTa, TIACTUL U TIEPOKCUCOM —
CBOM CHUTHaJIbHBIE IIOC/IENOBa-
TENIbHOCT. XapaKTepHO, 4TO BCe
TUIIbI Hepe‘H/ICHeHHbIX 6e}IKOB
HAuMHAIOT ¥ 3aKaHYMBAIOT CUH-
Te€3 B LUTO30/I€ U 3aTeM IIOCT-
TPAHCAANMOHHO C TTOMOIIBIO
BHYTPI/IKHeTO‘IHbIX 6e}IKOBbIX
KOMIUIEKCOB TIEPEHOCATCS  «II0
anpecam».

B ormimume or 3TUX TUIIOB
6enKoB, 6eNKU SKCIIOPTHOTO Ha-
3HaueHusA n Oenku MeMOpaH
CUHTEe3MPYIOTCS Ha pubocoMmax,
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PacIONOXKEeHHBIX Ha MeMOpaHax 9SH/OIUIa3MaTMYeCKOTO PEeTUKYIyMa MU IOHajaloT
BHYTPb BaKyoJIeli, 10 Mepe CMHTe3a MOMUIEeNTHAHON ey, KOTPAHCIAIOHHO. 3aTeM
3K GeNIKM y)Ke BHYTPM BaKyoJsell MiIn B COCTaBe MeMOpaH BaKyoseil TPaHCIOPTUPY-
I0TCA BHYTpU KIIeTKu (puc. 14.1).

1. 06wasn cxema GYHKLUNOHMPOBAHNA BaKyoNAPHOII CUCTEMbl

Ha puc. 14.2 npencraBieHbl MeMOpaHHbBIE Be3UKY/IAPHbIe KOMIIOHEHTHI, 00 bey-
HEHHbIE B eAVHYI0 QYHKIMOHA/IbHYIO CUCTeMY. Bce oHM MMeroT 0611j1e CBOJICTBA: 9TO
OfHOMeMOpaHHbIe KOMIAPTMEHTBI, MMEIOLIVie OAVH OOLIVIT ICTOYHUK 00pa3oBaHMs
(rpaHy/IApPHBII SH/IOTIA3MATNYECKIIT PeTUKYIYM). /1A Bcell BaKyOIAPHON CHCTeMBI
XapaKTepHa KOOIIEPaTMBHOCTDb ee (YHKUMOHMPOBAHNA, B3aMMOCBA3b 1 MOC/IE/IOBA-
TEIBHOCTH ITANOB 00pa30BaH, IEPECTPONKI, TPAHCIIOPTA U SKCIOPTA CUHTE3UPO-
BaHHBIX 6enKoB. BKparije QyHKIMM OT/Ie/IbHBIX KOMIIOHEHTOB 3aK/IIOYAIOTCS B CIIe-
AYIOIIeM:

1. IpaHynApHBII 9HAOIIA3MATUYECKNIT PeTUKYTyM: KOTPAHC/IALMOHHBIN CUHTE3 pac-

TBOPMMBIX BHY TPMBAKYO/ISIPHBIX 0€/IKOB (CeKpeTOpHbIe O€/IKM, IMAPOTIa3hl IM30COM

Puc. 14.2. Obwasa cxema Bakyo-
NAPHON CNCTEMbI KNETKN:

1 — ApepHaa obonouka; 2 — rpaHy-
NAPHbIA 3HAONMA3MATUYECKUN PeTun-
Kynym; 3 — nepexopHas 30Ha (ERAG-
Komnnekc); 4 —nepeHoc ot 3P K Al;
5 — npoKcumanbHble yyacTku (cis) AT;
6 — cpenHasa yacTb (med) Al; 7 — guc-
TanbHasa (trans) yactb Al 8 — trans-
cetb Al (TGN); 9 — BO3BpaTHbIN NyTb
Bakyonen Al; 10 — otaeneHue nep-
BUYHbIX NN30COM; 11 — MOCTOAHHaA
IKCKpeLwa (cekpeuma); 12 — curHanb-
HaA cekpeums; 13 — sHgoUUTO3; 14 —
3HJOCOMa; 15 — BTOPMYHAA NU30CO-
Ma; 16 — BO3BpaT JIM30COMHbIX MeM-
6aH B TGN; 77 — BO3BpaT peLenTopos
B Mfa3maTnyeckyio MembpaHy; 18 —
rMafKnii SHAONNA3MaTNYeCKnin peTu-
Kynym
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U [p.); KOTPAHC/SIIMOHHBIN CHHTE3 HEPACTBOPUMBIX O€NKOB, BXOMAILINX B COCTAB
BCeX MeMOpaH BaKyOJIIPHOI CHCTEMBI; IepBUYHASA MOAV(PUKALNA PacCTBOPUMBIX I
HepacTBOPUMBIX (MeMOpaHHbIX) 6€/IKOB, X COeIMHEHNe C OTUTOCaXapuiaMy — I1ep-
BUYHOE IIMKO3WIMPOBAHNE CHHTe3MPOBAHHBIX 0€/IKOB, 00pa3oBaHMe IMKOIPO-
TENIOB; CUHTe3 MeMOPaHHBIX IMINUJIOB U MX BCTpauBaHNe B MeMOpaHy — «cOopka
MeM6paH».

2. OrpeneHue BakyoJIeil, COfepKallXx HOBOOOpa3oOBaHHbIE IPOAYKTLI 1 MX IIePeX0f B
myic-30ny anmnapata lonpmxu (SIIP-AT kommtexc).

3. Iluc-30ona anmapara [ombmpxu: BTopryHas MOAUGUKALUS TTUKOIPOTENIOB; CUHTE3
MOMCAaXapULIOB (TeMULETUTION03a PACTEHMIT) M TeKCO3aMUHOITTMKAHOB.

4. TIpomexxyTouHasi 30Ha arnapara [O7bIKu: ZOIOTHUTeIbHbIe MOAUPUKALINN TTINKO-
IIPOTENJIOB, TPAHCITIMKO3V/IVPOBAHME.

5. TpaHc-TonmpmKu ceTh: COPTHPOBKA CEKPETOPHBIX U TM30COMHBIX O€/TKOB; OT/ie/IeHNe

BaKyOJI€eil.

OK3011TO3 (CeKperus).

OK30IMTO3 IOCTOSHHBIN (KOHCTUTYTUBHBIIL).

Ortpnenenue NepBUYHBIX IM30COM C TUAPOTA3AMMN.

9. DHpounto3 (06pazoBaHMe FIHTOCOM).

10. O6pasoBaHye BTOPUYHBIX JIM30COM.

11. Penyxnmsanys penienTopoB TUgPOIas.

12. Perpuk/mn3anus perenTopoB II1a3MaTIeCcKoil MeMOpaHbI.

13. TimapgKuit 3HZOIIIa3MaTUYEeCKIIT PETUKY/TYM: CUHTe3 VM KOH/ICHCALA HeMeMOpaHHBIX
JIUIINJIOB, NeNOHMpoBaHMe MoHOB Ca’!, CMHTe3 1 pecopOIVs ITIMKOTeHa U Ap.

14. TparcnopT Bakyosel B 30Hy anmnapara [onbmxim.

15. TpancopT Bakyosiell oT anmnapara [onbky B 9HAOIIa3MaTUIEeCKUIT PeTUKYTYM.

N

2, [paHynapHbIil SHAOMIA3MaTNYECKUN PETUKYNYM

OTnmunrenbHas 4epTa BaKyOJIAPHON CUCTEMBI B TOM, YTO CHHTE3MPOBAHHbBIE MOMN-
MepBl 1 IPOAYKTHI VX IPeBPaLeHNIT OTAe/IEHBl OT COOCTBEHHO LIMTOIIA3MBI, OT IIUTO-
307151, M CTAHOBATCS M30/IMPOBAHHBIMIU OT IIMTO30/IbHBIX (pepMeHTOB. Takoe pasobie-
HIIe OYeHb BaYKHO /I OTHOBPEMEHHOTO ITPOTEKAHNA B K/IeTKe MHOTUX CHHTETUIeCKIX
IIPOIIECCOB.

OTKpbITHE 3TOJ BHYTPUKJIETOYHON MEeMOPAHHOI CTPYKTYpbI IIPOM3OLIIO Ha 3ape
aneKTpoHHON Mukpockonui. B 1945 r. K. ITopTep ¢ corpyaHukamu usy4dan Gpuépo6macTst
LBIUIAT B 37IeKTPOHHOM MUKpOCKoIie. B aTo Bpems elrie He Oblla pa3paboTaHa TeXHMKA
Y/IBTPaTOHKVIX CPe30B, IO3TOMY aBTOPbI IIPOCMATPUBAIN KJIETKY Ha IIPOCBET, LIE/IMKOM.
B cBeToBOM MUKpOCKOIE B pubpubdnactax nmocne GpuKcayy 1 OKpacky BUJHO, UTO IepH-
Gepus KIeToK (3KTOIUIa3Ma) OKpalMBaeTcs ¢1abo, B TO BpeMs KaK LIeHTpa/IbHasA 4acTh
KJIETOK (SH/OIUIa3Ma) XOpOIIO BOCIIPUHMMAET KpacuTenu. Iloprep yBuien B a7eKTPOH-
HOM MVKPOCKOIIE, YTO 30Ha S9H/J0I/Ia3MbI 3aII0/ITHeHA OO/IBIIIM YJCTIOM MEIKUX BaKyoJIei
¥ KaHAa/IOB, COEVHAIOIINXCS APYT C PYTOM U 0OPasyIOLX YTO-TO HAIOR00Me PhIXJION
cety (peTKymayM). BpIIo BUIHO, UTO CTOIIKM 3TUX BAKYOJIel 11 KaHA/Ibl[eB OTPaHNYEeHbI
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TOHKVMU MeMOpaHamu. Tak 6bU1 0OHapy-
KEH IHOONNAIMAMUUECKULl PemuKyym,
W dHoonnasmamuveckas cemv. Ilosn-
Hee, B 50-X rogax, Ipy UCIOIb30BaHIN Me-
TOfIa Y/IbTPAaTOHKUX CPe30B yAANI0Ch BbIAC-
HUTb CTPYKTYPY 9TOr0 06pa3oBaHysi u 00-
HAapY>XUTb €r0 HeOJHOPOZHOCTb. CaMbIM
Ke TJIABHBIM OKa3ajI0Ch, YTO SHJOI/Ia3Ma-
Tigeckuii petukynym (SI1P) BcTpevaerca
IPAKTIUYECKN Y BCeX 9yKapHOT.

[Togo6HBII  37IEKTPOHHO-MUKPOCKO-
IIYeCKUI aHaIu3 II03BOINJI BBIGETNUTD
nBa Tumna JIIP: rpanynapHbii (1epoxo-
BaTbIN) U [JTAJKUIL.

Ha ynbTpaTOHKMX cpesax TpaHy/Ap-
Hpiii OIIP mpepicTaBieH 3aMKHYTBIMU
MeMOpaHaMI, KOTOpble 00pa3yloT Ha ce-
YEHUAX BBITSHYTbIE MELIKU, LUCTEPHbI
VIV JKe MMEIOT BUJ, Y3KMX KaHajoB (puc.
14.3, 14.4). lupuna mONOCTEN LMUCTEPH
MOXKeT O4YeHb BApbUPOBATb B 3aBUCHMO-
CTM OT (YHKIUMOHA/IBHOM aKTUBHOCTU
KneTkyu. HayuMenbplnas mupuHa uX Mo-
JKeT COCTaBIATb OKO/Mo 20 HM, B paclly-
PEHHOM BHJIe OHI HOCTUTAIOT AMaMeTpa
B HECKOJIbKO MKM. OT/IM4YMUTe/IbHAS YepTa
3TUX MeMOpPaH B TOM, YTO OHJ CO CTOPOHBI
TMaJIOIIa3MBI IIOKPBITBI METIKMMM (OKOJIO
20 HM), TEMHBIMMU, TIOYTH OKPYTIJIBIMU, Ya-
CTULIAMU — 2PAHynamil.

BriepBble 9Ty rpaHy/Ibl ObIIVM OIVICAaHBI
Ix. ITanape (rpanynst [Tanane), KoTopbIit
JI0Ka3aJl, 9TO OHU IPEHCTABJIAIT COOOI
pubonykteonporenasl. Temepb Xoporuo
U3BECTHO, YTO 3TY TPAHY/IbI He YTO MHOE,
KaK pr60COMBI, CBsI3aHHbIE C MeMOpaHaMu
OIIP. Ha MembpaHax pr60COMBI paciosno-
JKEHbI B BHIe MOMICOM (MHOXKECTBO pH-
60ocoM, 06beVIHEHHBIX OHOI MH(pOpMa-
umuonsoit PHK), umerommux BUI IIOCKUX
CIypareil, po3eToK MM Ipo3feit. ITo pa-
6oTarome, CMHTE3VpYOLye 6el1oK prbo-
COMBI, KOTOpbIe NPUKPEIUIAIOTCI K MeM-
OpaHaM cBoeit 60/IBIION CYyObeANHNIIEII.

Puc. 14.3. TpaHynApHbI S3HAONNA3MATAYECKINIA pe-
TUKynyM (3practonnasma) B KNeTke nofKenyfao4Homn
xenesbl (ynbTpaToOHKUI Cpe3)

Puc. 14.4. dHponna3maTMyecKnii rpaHynapHbIn pe-
TUKYNyM (1) B KNETKe NeyeHn MbiLu:

2 — ApepHas 060/104Ka; 3 — MUTOXOHAPUS; 4 — PrUBOCO-
Mbl LIUTO30A1; 5 — 30Ha BaKyonen rafgKkoro peTnkynyma
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IpanynsapHbli (MM Iepoxo-
BaTbIlf, B OT/INYME OT IJIAfIKOTO)
OIIP MoxeT B K/IeTKax OBITH
Ipe/ICTaB/IeH WU B BUJE PeIKIX
pa3pO3HEHHBIX MeMOpaH WK
e B BUJe JIOKAJbHBIX CKOIIIe-
HUII Takux MeMOpaH (3pracro-
wra3ma) (puc. 14.5). IlepBsiit T
rpanynsapHoro IIIP xapakrepen
misa  HepyddepeHIpPOBaHHBIX
KJIETOK WM KIJIETOK C HU3KOM
MeTaboIMYeCcKOoil aKTUBHOCTBIO.
OpracTomnasmMa XapaKkTepHa s
KJIeTOK, aKTMBHO CHHTE3VPYIO-
IMX ceKpeTopHble Oenku. Tak, B
KJIeTKaX IIeYeHV T'PaHY/IAPHBIN
OIIP cobpaH B OTeNbHbBIE 30HBI
(renpua bepra), Tak XXe Kak B He-
KOTOPBIX HEPBHBIX K/IeTKax (Tu-
rpoup). B xietkax momxkenypou-
HOJI >Kefe3bl IpaHy/sApHbIi DIIP

(apracromnasma) B Bujie IVIOTHO
PC — pmnbocombl, NpuKpenaeHHble K MembpaHam CO CTOPOHbI rnano-
nsa3mbl; [1— nonocTtu NNockmx LUNCTEPH N KaHaNoB, OTAeNeHHbIX MeM- YHaKOBaHHbIX 'T'[pyr OKOTIO prra
OpaHamn OT rnanomnasmbl, B — Bakyonu ¢ CHTE3MPOBaHHbIMI MPO- MeM6paHHbIX LOUCTEpH 3aHU-

AYKTaMi, oTLennArLwmneca ot UMCTePH rpaHynapHOro JP; B 3TUX 30Hax MaeT 6aSaHbHyIO un OKOHOHHep-
ncyesart pI/I6OCOMbI Ha MeM6paHax

Puc. 14.5. Cxema CTPOEHUS KaHaoB 1 MONOCTEN rpaHynspHo-
ro SHAOMA3MaTNYECKOTO PETUKYyMa:

HYIO 30HBI K/IETKI.

Hanuuyme momucom Ha MeM-
OpaHax OHO3HAYHO [TOKA3bIBaeT Ha TO, YTO IpaHy/LipHbI DIIP sAB/sieTCss BaKHBIM Me-
CTOM CMHTe3a OEIKOB.

KonmnuectBo pubocom Ha IIIP 4eTKo CBs3aHO C ero CMHTETUYECKOI aKTUBHOCTBIO.
Tak, Ha Mem6panax JIIP B Kj1eTKe HeCeKpeTUPYIOLIelt MOTIOYHO >KeTle3bl CBSI3bIBAETCS
10 25% KJIETOYHBIX pUOOCOM, IOC/Ie CTUMY/IALVM JTAKTALMU UX KOMTNYECTBO TaM BO3-
pactaet o 70%. Ilagenne uncia pubocom Ha MembOpanax SIIP MoXxeT pOMCXOAUTD
npu puddepeHnnpoBke kaeTok. Hampyumep, npy 4acTMYHOM y#aneHUM IeYeHN Y TPbI-
3YHOB Pe3KO CTMMY/INPYETCs Ae/leHNe KJIeTOK B OCTABLIeNICA YacT. DTO COIPOBOXK/a-
eTcs penykumeit rpanynsapaoro OI1P u o6egHenne ero pr6ocoMaMu: 41C/I0 CBOOOTHBIX
prbocoM, He CBSI3aHHBIX C MeMOpaHamu, gocturaeT 40%. Takoe >ke yMeHbIIIEHNE YICIA
pubocom, cBsizanubix ¢ DIIP, HabMOMAeTCs MPU PA3NNIHBIX TATOTOTUYECKUX COCTOSI-
HVISIX K/IETOK (IIpY aIKOTOJIbBHOM XPOHMYECKOM OTPABJIEHNM [IPOMCXOAUT YMEHbIIIeHIe
4JICITa CBA3AHHBIX prbocoM Ha 25%).

Pubocomsl, cBsizaHHbIe ¢ MeMOpaHaMy JIIP, y4acTBYIOT B CMHTe3e 0€/IKOB, BBIBOJM-
MBIX 13 TaHHOI KJIETKY, «9KCIIOPTUPYEMBIX» OETKOB.

JertcTBUTETBHO, OOMBIIOE YUCTO KJIETOK MHOTOKJIETOYHBIX OpPraHM3MOB, Oora-
TBIX rpaHynApHbIM OIIP, cMHTe3MpyeT 1 BBIBOAUT OTPOMHOE KONMMYecTBO OenKkoB. Tak,
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K/ITKM aIVIHYCOB IIOJKENY[JOYHON >Kele3bl CUHTe3UPYIOT ¥ BBIENAIT Maccy 6en-
KOB - (pepMEHTOB, y4aCTBYIOIINX B pacIleIVICHNN MUY B KMIIEYHOM TpaKTe (IIpoTen-
Has3bl, /INITa3bl, HyK/Ieasbl 1 [ip.); KIETKM ITeYeH) — aTbOyMIHBI KPOBI; I/IA3MOLIVITHL —
Y-TJ106Y/IMHBIL; MOTIOYHON XKe/le3bl — Ka3elH; CIIIOHHOI >Kele3bl — MNUIeBapUTeIbHbIe
¢depmenTsl, amunasy u PHKasy u t.n. JIlpyrumu croBamy, y MHOTOK/IETOYHBIX Opra-
HJI3MOB KJIETKM, O0TaTble 9pracTOIIa3MOl, CUHTE3MPYIOT BHIBOAVIMBIE U3 3TUX KJIETOK
6enku, HeoOXOAMMBIe VN /IS pabOThl APYTUX KIETOK, U/ [IsI BBIIIOTTHEHMsI 0011e0p-
TaHM3MEHHBIX (QYHKIWIT (IMieBapuTenbHble pepMeHTDI, OeIKY ITa3Mbl KPOBM, TOP-
MOHBI 1 JIp.).

Y OfHOKIETOYHBIX TaKXe MOXKHO HaOmiomaTb rpaHyrapHbil OIIP, xoropsli, mo-
BUJIVIMOMY, Y4aCTBYeT B CIHTe3€ BBIBOJMMBIX 9KCIIOPTUPYeMbIX 6enkoB. Cpefy TaKux
6€e/IKOB MOTYT OBITb He TONbKO (pepMEeHThI BHEKIETOYHOTO MNIIeBapeHMsL.

CnepoBatenbHO, porb rpanynsapHoro SI1P 3akmodaeTcs He IPOCTO B yIaCTUN B CHH-
Te3e OeKOB Ha pubocoMax ero MeMOpaH, HO U B IpoLjecce cerperanuu, 060cobmeHns
3TUX CUHTE3VPOBAHHBIX O€IKOB, B UX M3OJIALVM OT OCHOBHBIX (YHKIMOHVPYIOILIUX
6e/1koB K/IeTKI. ITa PyHKIMOHAIbHAs 0cOOeHHOCTD rpanyisspHoro JIIP oyenp BaxkHa,
TaK KaK OHA CBfI3aHA C IIe/IbIM PALOM IPOILeCCOB, MPUBOAAMINX K BBIIEJICHNIO TaKUX
0€/IKOB ¢ IIOMOIIIBIO BaKyosIeil anmapara [ompmKu.

3. KoTpaHcnaunoHHbli nepeHoC pacTBOPMMbIX 6enkoB

ITlyn cunTesa 6enkoB Ha pmbocomax IIIP MOXXHO NpencTaBUTb B CIIEAYIOLIEM
Busie (puc. 14.6). Eme B rmamormmasme mpoucxoput ceassiBanne MPHK, kopupyto-
1€l CEKPETOPHBIN O€T0K, C prubOOCOMOTL 1 HaYMHAETCsI CUHTE3 OeTKOBOII Liemn. BakHo
TO, YTO CHayasa CUHTE3UPYeTCs «CUTHAIbHAsI MTOC/IeOBATe/IbHOCTb», Ooraras rugpo-
dbobHBIMM aMMHOKHUCTOTaMU. B Hee BxoguT 16-30 aMUHOKMCITOT. DTa «CUTHA/TbHAS

Puc. 14.6. CHTE3 PacTBOPUMbIX
(cekpeTopHbIx) 6enkos B SlP:

O 1 — nPHK; 2 — dyHKunoHMpyowas
pnbocoma; 3 — CUrHanbHbI KoHeL
/ Q‘ CuHTe3npytoweroca nentuaa; 4 — SRP-
i YyacTuua; 5 — SRP-uactuua cBA3bIBaeT-
CA C CUrHanbHbIM MENTMAOM U npe-
Kpallaet cuHTe3 6enka; 6 — peuen-
Top SRP-yactuupl; 7 — cBA3b peLen-
Topa ¢ SRP-vactuuen; 8 — KaHanbHble
6enkn Mmem6paHbl MNP (TPaHCIOKOHDI);
9 — ocBoboxaeHne SRP-yactuupl 1
NPOLOMKeHNe pocTa 6enkoBoi Mo-
nekynbl; 10 — oTwennexHne u ferpa-
Jauma CUrHanbHOWM MocieaoBaTeb-
MonocTtb i ' HOCTU CUHTe3npyemoro benka; 171 —
SHAOMIa3mMmaTnyeckoro ) NPOAOJIKEeHMEe pocTa 6enkoBoi Lenu;
peTunkyna 12 — CMHTE3MPOBaHHbIN 6eNoK B Npo-
cBeTe Bakyonu JMP; 13 — guccounn-
poBaHHas pubocoma
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IIOC/IefIOBATeIbHOCTb» B LIUTO307Ie Y3HACTCS
U CBA3BIBAETCA C «y3HAIOIEN CUTHAJ 4acTU-
mei» (SRP-uacTuia), cocrosiieil U3 OmHON
Mmonekynsl 7S PHK u 6 pasnuuHbIX nomm-
NenTUAHBIX I1eneit. SRP-yacTuia cBs3bIBa-
€TCA MOC/Ie Y3HaBaHMA CUTHAJIbHOTO KOHIA
I { i 1 CUHTe3UPYIOIIeics MOJIeKY/IbI Oenka ¢ pubo-
COMOJI, 4TO NMPUBOJMT K IIOJIHOV OCTAaHOBKE
!, l ; u ‘ cuHTe3a Oenka. Ha moBepxHOCTHM e MeM-
éo 6panbl DIIP, obpalieHHOI K TMaIOIIa3Me,
PacIIoNIoKeHbl MHTETPajibHble PelielITOPHbIe
v 6enku, cpaAsbiBaplyeca ¢ SRP-vactumamnm.
f;“,.-"-. B pesynbrare SRP-4yacTuira cBA3bIBaeTCA CO
CBOVUM PeLeNTOPOM I OfIHOBPEMEHHO CBS3bI-
Puc. 14.7. TpaHCIOKOH-WUHTETPANbHBIA KOM-  poor IlaHHyI0 prubocomy ¢ MembpaHoit IP.

nnekcHblii 6enok 3P yyacTByeT B TpaHCMeM- Takas <3asKopeHHas» Drbocoma ¢ SRP
6paHHOM, KOTPAHCAALVMOHHOM NepPeHOCe CUHTe- p p

3UpylolLeiica Ha PUBOCOMe GenkoBoit Lienn JacTuIeit, OIOKMpyromleit fanbHeni pocT

HOJIVIIENITUHOM LIeTN, B3aUMOJAENICTBYET C

60nmpIINM 0€/TKOBBIM KaHa/IbHBIM KOMIIIEK-
com — mpancnaxonom (puc. 14.7). Tlocne cBsi3biBaHMA prOOCOMBI C TPAHCTAKOHOM
IPOUCXOAUT OTAeeHre SRP-4acTUIIbI ¥ CUHTe3MPOBAHHbIN IIEPBUYHBII IEITUJ] BXO-
[AT B KaHAJI JUMETPOM OKOJIO 2 HM, KOTOPBII 06pasyeT TpaHcIakoH. [locte aToro Bo3-
OOHOB/IIETCS CUHTE3 TOJIUIIEIITUAA, OH Y/IMHAETCS 1 eT0 CUTHA/IbHAS ITOCTIeJOBaTe/Ib-
HOCTb, BMECTe C PacTyllell IeTI0YKOIl OKa3bIBaeTCsl BHYTPY MOIOCTH LycTepHsl JIIP.
Takum 06pasom, cHHTe3MpyeMblil 6€/I0K IIPOXOAUT CKBO3b MeMOpany OIIP Bo Bpems
ero CUHTe3a, T.e. KOMPAHCAUUOHHO, OFHOBPEMEHHO C €ro TpaHC/suuelt. BHyTpu mo-
noctu DIIP ¢ momouipio depmeHnTa (CUrHaIbHAS MENTHAA3a) CUTHAIbHAS [TOCIEOBA-
TE/IbHOCTB OTIeIrIsieTcsl. [locie OKOHYaHMsI CMHTe3a BCsl 6e/IKoBasi MOJIEKyIa OKa3bIBa-
etcs B monocty OIIP u B 910 Bpems pubocoMa OT/enseTcs OT TPAHCTAKOHA 1 JUCCOLU-
upyet. Ilocre aTOro B TpaHC/IaKOHe KaHasl 3aKpbIBaeTcsl. Bo BpeMst TpaHCMeMOpaHHOTO
IepeHOCa PacTyIell 6eIKOBOI IieTV IIPOMCXONNT ee CBsI3b C Ourocaxapugamu (I7imKo-
3UIMpOBaHue — cM. HIpKe). B monoctu nucrepu SIIP 6enku mpeTeprieBaroT psif JOMION-
HUTE/IbHBIX M3MEHEHUI: 00pa3yloTCcs AUCYIbPUAHBIE CBA3M, IPOMCXONUT VX IPaBU/Ib-
HOe CBOpauyMBaHIe, IPOUCXOAUT COOPKa 4eTBEePTUYHON CTPYKTYpbI 6enkoB. Tonbko
OeIKy ¢ IpaBUIbHOI KOHpOpMalyell B fanpHeleM OYAyT MepeHOCUThCS B 30HY aIl-
napata [ompmxu.

4, CnHTe3 HepacTBOPUMbIX (MeMbpaHHbIX) 6enkoB

B rpanynsapuom JIIP mpoucxogut cuHTe3 6€1KOB, KOTOpBIE, BCTPaNBasiCh B MeM-
6pany OIIP, craHOBATCA MHTETpabHBIMU MeMOpaHHbIMMU Oenkamu (puc. 14.8).

HauapHble cTajiuy CMHTe3a MEMOPaHHBIX 0€/IKOB II0X0XKV Ha TAKOBBIE ITPU CUHTe3e
PacTBOPUMBIX 6€/IKOB. 3/Iech TakoKe y4acTBYI0T SRP-uacTuIipl, y3Halole CUTHA/IbHYIO
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Puc. 14.8. CuHTe3 MeEMOPaHHbIX
6enkoB B JP:

1 — WPHK; 2 — pu6ocoma, 3 —

membpaHa 3P; 4 — pacTywwii nen-
™A nocne ocsoboxaeHua SRP-
yactuubl; 5 — KaHanbHble 6enku
memb6paHbl MNP (TpaHCIOKOHbI);
6 — oTwenneHne CUTHaNbHOro
nentnaa; 7 — «CTOM» CUTHaNbHbIA
yyacToK pacTyliero nentmaa 3a-
KpennseT ero B MembpaHe 3P; 8 —
NPOAOMXKeHNe pocta benka B Ln-
TO30/1bHOE MPOCTPaHCTBO; 9 —
06pa30BaBLIMACA WHTErpanbHblii
MembpaHHbI 6enok; 10 — gucco-
LMMpOoBaHHas pubocoma

Puc. 14.9. MepBUYHOE TMNKO3MNNPOBaHKE
B JMP:

1 — pubocoma; 2 — pacTywuin nentug; 3 — mem-
6paHa OP; 4 — nunug AONMXon, CBA3aHHLIA C
OnMrocaxapuaHbIM npegLwecTBeHHKoM (5); 6 —
CBAA3b ONIUrocaxapupa ¢ 6e1KoBON LEMOYKOI

HOC/IelOBATeIbBHOCTD, TAK)XKe IPOUCXOAUT MIPOXOXK/IeH)e HAadya/IbHOTO y4acTKa Oelko-
BOI1 LleM Yepe3 TpaHCTakoH. OHAKO B LIeNM CUHTe3UPYIOIerocst MeMOpaHHOTo Oerka
CYLIECTBYeT OffHa VI HECKOJIbKO aMIHOKUCIOTHBIX CHIONn-nOCedoéamenvHocmeil,
KOTOpBIEe TIPENATCTBYIOT OEIKOBOIL Lieny IlepeceKaTb MeMOpaHy, U 6e/lok B ob6mactu
CTOII-CUTHAJIa OCTAETCS CBA3aHHBIM C MeMOpPaHOII, HO IIPU 9TOM CUHTe3 Oe/lka Ha pubo-
CoMe He OCTaHaB/IMBAETCA. DTO IPUBOAUT K TOMY, YTO B 00OJIACTY CTOI-CUTHAJIA JIOKA-
nm3yeTcs TugpoQpOOHBIIl A-CIMPATIbHBII YIACTOK, @ BeCh 0€I0K 0CTaeTCsl BCTPOEHHBIM
B MeMOpaHy. B HeKOTOPBIX 6e/1Kax YuciIo a-CIMpanbHBIX «3asSKOPEBAOIMX» YIaCTKOB
MOXXeT OBITb OT OJIHOTO JI0 HeCKOTbKUX. MeMOpaHHble Oe/KM, TakKe KaK M pacTBO-
pUMBIe, MOTYT IIOABEPraTbCsl pasIMIHbIM Mopudukanysam. Hanbonee xapakTepHo Ayt
OIIP — nepsuunoe znuxo3unupoéarue — KOBaJICHTHOE CBA3BbIBaHME OETKOBOIL Ljenu
CO CJIOKHBIM OJIMTOCAXapyujoM. B pesynbraTe 3TOro cMHTe3Mpyoluiics 6e/I0K cTaHo-
BUTCS IKonporeugoM (puc. 14.9).

BonbIIMHCTBO 6€IKOB, CUHTE3MPOBAaHHBIX B rpaHy/isspHoM JIIP, oTHOCKTCA K I/IHKO-
nporenaM. CBA3bIBaHME CUHTE3UPYIOIIECA O€TKOBOI eI ¢ OIUT0CaxapuiaMu Ipo-
VICXOJVIT TaKXKe KOTPaHC/IALMOHHO. IIpy 9TOM Ha 6€/IKOBYI0 MOJIEKY/TY IIEPEHOCUTCS TO-
TOBBIII OJIOK OJIMTOCaXapy/iOB, KOTOPBII CBA3BIBAETCA C ACIAPArMHOBBIMM OCTATKaMMI
6emkoBOIl MO/IeKybl (cM. puc. 14.9). OTOT OMUrocaxapuaHbI KOMIUIEKC COTEPXKUT 2
MOJIeKy/Ibl N-aLleTU/ITTINKO3aMIHA, 9 MOJIEKY/I MAHHO3BI 11 3 MOJIEKYIBI I/TIOKO3BI U CBS-
3aH CO CIIelMaIbHBIM JIMIIN/IOM IO/IVIXO/IOM Ha BHYTpPEHHEN IIOBEepXHOCTY MeMOpaHbI
OIIP, cmorpseit B mpocset Bakyonu IIIP. TTo Mepe TpaHcmoKanyy 6€IKOBOII LieT BO
BpeMsI ee CUHTe3a, KaXK/Iblil aCTIaparyHOBBII OCTATOK CBA3BIBAETCS C OJIUTOCAXaPUIHBIM
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KOMIIEKCOM, C TIOMOIIbI0 (hepMEHTa, SB/IAIOIIErOCs MHTErPaTbHBIM 0eJIKOM MeMOpaH
OIIP. IlepBuyHOl MOAVIPUKALINY, IIMKO3WIMPOBAHNUIO, IOBEPralOTCA KaK PacTBOPU-
Mble, TaK ¥ MeMOpaHHbIe 6e/Ki, cuHTe3upylomyecs B DIIP.

[Tpy pa3nMyHBIX KI€TOYHBIX MATOJOTMAX IpanyisapHbiil DIIP ymenbinaeTcss B 00b-
eMe Ipy o0leM MajfieHn CUHTe3a Oerka; mpy 00BOJHEHNM KJIETOK IIPOVICXOUT Haly-
xanue OIIP 1 moTeps rpaHy/IApHOr0 KOMIIOHEHTa — PUOOCOM.

5. CuHTE3 KNeTo4HbIX MeMOpaH

Utak, Ha pub6ocomax IIIP mpoucxXoauT CMHTE3 OCHOBHOI 4acTy MeMOpPaHHBIX Oer-
KOB KieTKu. CHTe3 9TUX Ge/IKOB OT/IMYAETCSI OT CHMHTe3a CEKPETOPHBIX TEM, YTO IO
Mepe CUHTe3a MeMOpaHHbIe OelIKM He 0CBOOOXKIAIOTCA OT MeMOpaH, a OCTAIOTCS B UX
COCTaBe, CTAHOBACh TaKMM OOpa3oM MM TPAaHCMeMOPAaHHBIMU MHTETPAIbHBIMU Oer-
KaM, WM TIO/TyMHTeTPaTbHbIMUL.

B STIP npowucxonut cuuTe3 1 cOOpKa MUMMUIOB caM1ux MeMOpaH, BKmo4das pocdonu-
Vb 1 X0necTeport. GepMeHTbI, y4acTBYIOLINE B CHHTE3€ JIUIN/OB, BCTPOEHDI B MeM-
6pany OIIP co cTOPOHBI LIMTO30/1A, M CUHTE3 JIMIINJIOB IIPOVCXOANUT Ha MeMOpaHe TaM
xe. TakuM 06pa3oM, CMHTe3MpOBaHHbIe TUIINIBI BCTPanBaloTcs B MeMOpany JIIP B -
IVHBIIL CTTOV CO CTOPOHBI LIUTOIIA3Mbl, HO IIEPEHOCSTCS HA BHYTPEHHIOK CTOPOHY €
MOMOIIBI0 TIepeHOCYNKOB poconmnnugo. Takum 06pazom, OMIMIMAHBIN CTOVT MeM-
OpaHbI pacTeT, yBeMN4IMBasi HOBEPXHOCTH BaKyou min uyctepusl IIIP. ItoT mpouecc
UJIeT OJHOBPEMEHHO C CHHTE30M MHTETPaIbHbIX MeMOpPaHHBIX 0€/IKOB, TaK YTO JIMIIO-
npoTerHas MeMOpaHa, Kak TaKoBasi, CTPOMTCS M PAcTeT 3a CUeT ABYX IIPOLIECCOB: CUH-
Te3a M BCTPaMBaHNA JIMINJOB, M CMHTe3a U VHTerpanuy MeMOpaHHbIX 6enkos. Heo6-
XOIMMO HOJYEePKHY Th, YTO TAKOE «3apOXK/ieHne» MeMOpaH BaKyO/LAPHON CUCTEMBI ITPO-
MCXOAUT TONMbKO B rpanynsipHoM JIIP. CuHTes MeMOpaH MUTOXOHAPUIT TIPOUCKXOANUT
He3aBucumo ot IIIP.

CeropHsA MOXXHO CKas3aTb, YTO BaKHeiimel ¢pyHkumen rpanynsapHoro OIIP, Bue 3a-
BUCUMOCTY OT CIIeLMaNM3aluyl I TKAHeBOJ NPUHALJIEKHOCTU KIETOK, SBJISETCS
byHKuMsA 06pa3oBaHMsl, TOCTPOEHNS KIETOYHBIX MeMOpaH, KOTOpasi 3aK/II0YaeTcs B
TOM, 4TO 37IEMeHTHI rpanysipHoro JIIP cuHTe3upyloT Bce MeMOpaHHble Oe/IKM, CUH-
TE3UPYIOT TUIUHBII KOMIOHEHT MeMOpaH, HO, KpOMe TOTO, IMEHHO B IPaHY/ISIPHOM
SIIP npoucxoanut c60pKa IUIOIPOTEUFHBIX MEMOPaH.

STOT IpOIIecC XOPOIIO IPOC/IEKEeH Y IPOaHAIM3MPOBaH Ha IIpuMepe 00pa3oBaHus
Bupyca BesukysapHoro cromarura (VSV) (puc. 14.10). 9to PHK-copgepxamuit Bu-
PYC, TOCTPOEHHBI 13 HEOO/MBIIOro 4nciaa 0eNKOB U HMOKPBITHII CHAPYXXM JIUIIONIPO-
TengHOI MeMOpaHoii. B 3penoit yactuie VSV kpome opnoit monexynsl PHK ects 6e-
JIOK, BXOZALIVIT B pUOOHYK/IeOnpoTeniHbll KoMiuteke (N-0emok), 6emok, Kpenamuit
3TOT KOMIUIEKC C OKpYy>Karoleit MeM6panoit (M-6e/ok), u crenyduaeckuit 6e/10K MeM-
6pannoit obonoukn (G-6enok). MembpanHas o6onmouka VSV mpousonuia oT KIeTKu
XO035IMHA, B KOTOPOJI 3TOT BUPYC pa3BuBaeTcs: mo Mepe Boixopa PHII Bupyca mponc-
XOAUT 0Opa3oBaHMe BBIPOCTA IUIA3MATMYECKON MeMOpaHbl, HAIIOMUHAIOIIETO KOPOT-
KYI0 MUKPOBOPCHHKY, KyZia BKodaercsa Hykneous (PHII) Bupyca, 3aTeM Takoit BBIPOCT
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Puc. 14.10. Cxema pa3ButuAa
BMpYCa BE3UKYNAPHOro CTOMa-
tnTa (VSV) B MHPULMpOBaHHON
KneTke:

1 — BxoxpaeHue BupycHoi PHK B
KneTky; 2 — penaukauma BUpyc-
Hoin PHK n o6pa3oBaHue nidpopma-
umoHHon PHK (3); 4 — cuHTes M- u
N-6enkoB Ha pnbocomax LuTo301s5;
5 — cnHTe3 G-6enka B IMP; 6 —
G-6enok Ha nyTM K niasmatuye-
CKol MembpaHe; 7 — cBA3bIBaHME
N-6enka ¢ BupycHoit PHK; 8 — cBa-
3biBaHMe M-6enka ¢ nnasmatnye-
CKoit MmembpaHol; 9, 10 — obpaso-
BaHMEe HOBOW BMPYCHOW YacTuLibl 1
BbIXOf, ee 13 KneTku. ® — N-6enoK,
A — M-6enok, © — G-6enok

OTJe/IIeTCS OT IIOBEPXHOCTH KJIETKY, U TIO/Ty4aeTCs roToBas 3penas yactuua VSV. bra-
rogaps G-0enKy Takas 4acTMIIa MOXKeT CIenpuIecKy KOHTaKTUPOBATh C He3apajkeH-
HOI1 K/IeTKOI; MeMOpaHa VSV u mnasmarndeckyie MeMOpaHBbl K/IETOK C/IMBAIOTCS, @ BY-
PYCHBII pUOOHYKIEOPOTEeN], OKa3bIBaeTCsA B LIMTOIUIA3Me KJIETKU, Ifie Pa3BMBAETCA
MHQEKINMOHHBII Tporecc. [Tpy 9TOM 0cTaHABIMBAIOTCS CMHTE3bl HOPMa/IbHBIX O€KOB
KJIeTKI-XO35JHA, VI HAYMHAETCS CYHTEe3 TOIbKO BUPYCHBIX 0€lKOB Ha prb6ocoMax MH-
¢unmposanHoi kreTku. Bupycuas PHK xomupyeT TONbKO NMATH 6eTKOBBIX MOJIEKYIL.
[IBe 13 HUX ABIAITCA HepMeHTaMM, HEOOXOAMMBIMMU [T PeIUIMKALVN U TPAHCKPUII-
LIV BUPYCHOTO TeHOMa, TpeTbst — N-0eIoK, 4eTBepTast KopupyeT M-6eok, nsaras —
crienpUIecKmit INMMKOIpOoTenH, G-6e10K. ITO MHTeTpaIbHbIN 0€TOK MeMOpaHbI, OKPY-
JKAIOLINIL 3pe/TyI0 BUPYCHYIO YaCTUILY.

ITpu 3apaxkenun knetok VSV c monekynsl ero PHK cumtbiBaeTcss nATh pasHbIX
nPHK, ¢ moMompio KOTOpBIX Ha prb6OCOMax KJIETKM IPOMCXOAUT CUHTE3 BUPYCHBIX
6enkoB. N-6emok 1 M-6e/10K CMHTe3UpPYIOTCsA Ha CBOOOIHBIX IIO/INCOMAaX ¥ CBSA3bIBA-
I0TCA ¢ Pa3MHOXKMBIINMUCA MojteKynamu BupycHoit PHK u ¢ mem6panoit kinerku. Cus-
Te3 G-6e/Ka MPOMCXOANT Ha IO/IMCOMaX IPaHy/ISIPHOTO SHAOIIA3MAaTUIeCKOTO PeTHUKY-
nyMa. B atom ciydae cuHTe3 G-6e/Ka TakyKe HAUMHACTCA C CMHTe3a «CUTHAJIBHO» aMM-
HOKIICTIOTHOJ IIOC/IeOBAaTeIbHOCTY, KOTOpas IIPOXOAUT CKBO3b MeMOpaHy U Kak ObI
TAHET 3a CO00J1 OCTA/IbHYI0 PAacTYIIYIO Liellb aMUMHOKNCIOT. Ho, B oTimunme ot cexpe-
TOPHBIX 6e/IKoB, G-6e/10k ocTaeTcs cBA3aHHBIM ¢ MeMOpanoit DIIP. bonbias ero gacTb
HaxopuTcs B mpocBete nuctepH JIIP, rie oHa npuHMMaeT cenuduyeckyio KoHpopMma-
LMIO ¥ IIPUCOENNHAET IBa IePBUYHbIX YIaCTKA YITIeBOAHBIX Liemeil. acTb MOIeKy/IbI
G-6enka orpy>keHa U IPOXOAUT Yepe3 OVIMINHBII CI0t MeMOpaHbl, a HeOO/MbIIOi
y4acTok C-KOHI]a TOPYMUT Ha IUTOIIIA3MAaTMYeCKON 4acTy MeMOpaHbl. JlanpHeiimas
cyabba G-6enka Xopouo mpociexeHa: yepes 20-30 MUH 1OociIe CHHTe3a OH OOHapy-
XMBAETCSl B COCTaBe MHTETPA/IbHBIX O€KOB ammapara [obpKu. 3[ech MPOMCXORUT
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JIOTIONTHUTETIbHBIN POCT €TO YINIEBOAHBIX Iieneil. [Toske ero 06HapyXMBAIOT B COCTaBe
MHTErPaibHbIX 0€IKOB I/Ia3MaTNIeCKOil MEMOPaHBI.

V13 9TVX 9KCIIEpUMEHTOB CIIelyeT, YTO MHTeTpaibHble 0Ky MeMOpaH SHIOIIa3Ma-
TUYECKOTO PeTUKY/IyMa, MeMOpaH anmapaTa [o/bpku, ceKpeTOPHBIX BaKyoJIell I I1as-
MaTU4eCKoit MeMOpaHbI IMEIOT OJJHO IIPOMCXOXK/EHE: OHV CUHTE3UPYIOTCS U BCTPan-
BaloTCA B MeMOpaHny B rpanynspHoM JI1P.

CreoBaTe/IbHO, I'PaHY/IAPHBI 9HJOIUIA3MATUYECKUIT PETUKYIYM IPEeACTaBIsAeT
co6oit HacToAYI0 «habpuKy» KIeTouHbIX MeMOpaH. OT TOTro, KaKye MHTerpaTbHbIe U
nepudepnyeckue O6enku OyAyT cuHTe3MpoBaThes Ha pubocomax IIIP u xakue dpocdo-
JIMIMABI OYAYT 3[eCh CUHTe3MPOBATbCs 1 BKIIOYAThCA B MeMOpaHy, OyfieT 3aBUCETh TUI
00pasyolerocsi HOBOro yyacTka MeMOpaHbl; OyIeT /i OH KOMIIOHEHTOM r1afkoro TP,
MeMOpaH anmnapata [ombKi, 11M30COMBI MM IIa3MaTHYeCKOil MeMOpaHBI.

6. TpaHcnopT MeXxay SHAONIa3MaTUYECKM PETUKYTyMOM
n annapatom lflonbaXn

HucranpHble yqacTky rpanysipHoro JIIP, KoTopele pacionoXeHsl B 30He, IpuOIn-
JKeHHOM K anmapaty lonbmku (AT), Tepsitor prb6ocomsl 1 06pasyroT MeMOpaHHBIE BBI-
CTYTIBI, OT KOTOPBIX OTIOYKOBBIBAIOTCS Me/IKNE BaKyO/IH, COfieprKaliiyie CMHTe3POBaH-
Hple B OIIP 6enxu. Ota 30Ha HasbiBaeTcss OIIP-AT-TpoMeXXyTOUHBII KOMIIAPTMEHT
(ERGIC), unu Besuxynsapro-tyoynspuas rpymma (VIC) (puc. 14.11). Bakyonnu, orie-
MBIIVECS B 3T0M 30He oT JIIP, TpaH3UTHBIE 3/1eMEHThI, TOKPBITHI OKaMIISION M 6er-
KOBBIM C7I0€M, aHaJIOTMYHBIM K/IaTPMHOBOMY C/IOI0 SHIOLMTO3HBIX BaKyosneil. bemkn
aTOrO c71os TaKke oTHOCATCA K COP-6er1kam, B JaHHOM CiTy4ae OTIIEIUIAONIeCs BaKy-
onu NoKpuIThl KoMmIutekcoM COP I, cocToAmMM 13 HeCKOMbKNUX TeTepPOANMEpPOB, CB-
3aHHBIX ¢ MeMOpaHoil mocpencTBoM 6enka Sar 1p, manoit ['Tdasoit (puc. 14.12). Or-
menyBinecs or JIIP Bakyonyu cTaHOBATCA OKalIMIEHHBIMM ITy3bIPbKAaMM, 3aT€M OHM

Puc. 14.11. MNepexogHas 30Ha JMP-AT: Puc. 14.12. Obpa3oBaHue oTLleNNALLIEN-
1 — Bakyonb cis 30Hbl Al; 2 — 3MP; 3 — pubocombl; 4 — CA Bakyonu:
mMembpaHbl 1 Bakyonu, nokpbiTbie COP |1 1 — membpaHa; 2 — peLenTopHbIi 6enok; 3 —

6enok, ceasbiatowmii ['TO; 4 — COP-6enku, no-
KpblBatoLLyie BaKyosb
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Puc. 14.13. Mpouecc HaxoxaeHNs TPAHCMOPTHOM Bakyosblo (1) MULWEHHOW MembpaHbl (2), conuxeHne (5)
1 cnvsiHue (6)

3 — 6enok V-SNARE; 4 — 6enok T-SNARE.

TEPAIT OENTKOBYI0 000IOUYKY ¥ CIMBAIOTCA PYT C APYTOM ¥ TPAHCIIOPTUPYIOTCH C IO-
MOIIBI0 MUKPOTPYOOUeK K I[MC-30He ammapara [o/mbxy, Iie ¥ CIMBAIOTCA C €r0 MeM-
O6paHaMy. ATpeCHOCTb ¥ TOYHOCTD C/IMAHNA TIOOBIX BAKYOJIel C APYTMMI MeMOpaHaMu
ompenensercs crenyanbHpiMu Oenkamu SNARE (pemenTop 6e/1KoB, Y4aCTBYIONIVX B
HPUKPEIUVIEHNN VM CIUAHUM MeMOpaH).

ITocne genonumepusanun okaimAmwoiero cioss COP II Ha moBepXHOCTH BaKyonu
OTKpPBIBAIOTCA MHTerpajbHble MeMOpaHHble Oenku — V-SNARE. Otn 6enkn crneru-
GbUYHBI 1714 KaKIOTO THUIIA BAKYOJIeil, HaIIpaB/IAd UX K TOMY YYaCTKY, I7ie OHM JJO/KHBI
CIIUTBCS € ApyruMu MeMOpaHamu. TaM OHM CBS3BIBAIOTCS ¢ MeMOpaHHBIMM Oe/tKamm
T-SNARE n SNAP25 (puc. 14.13).

B MecTax B3auMOfeMICTBYA STUX ABYX TPYIII O€/IKOB ¥ IPOUCXOANT CIVSAHNE MeM-
6paH. Tak MPOMCXONUT TPAHCIIOPT CMHTE3VPOBAHHBIX O€IKOB B 30HY ammnapara [onb-
KL



NEEERE

Annapart (komnnekc) lonbaxu

B 1898 r. utanpanckmit ydenniii K. [onbiKu, Mcnonb3ys cBOMCTBA CBASbIBAHNA TH-
KeJIbIX MeTasIIoB (ocMuA U cepebpa) C KITeTOYHBIMM CTPYKTYPaMM, BBIABII B HEPBHBIX
KJIeTKaX ceTyaTble 00pa3oBaHNsA, KOTOPbIe OH Ha3Ba/l «<BHYTPEHHMM CETYATBIM alllla-
parom» (puc. 15.1). [lanbHeiilee ycOBepIIEHCTBOBaHIE MeTOfja OKPACKM MeTajyIaMu
(MMIIperHanum) fazo BO3MOXKHOCTb YOeAUThCA, YTO CeTdyarble CTPYKTYphI (ammapar
Tonmbxi) BCTpeYaroTCcs BO BCEX KIIETKAX /MOOBIX 9YKapMOTHBIX OpraHn3MoB. OObIYHO
37IeMeHTBI anmnapara [0V PacIIoNoKeHbl OKOJIO SAfIpa, BOMNM3M K/IETOYHOTO LIeHTpa
(meHTpyMonmy). YdacTky ammapara [OnbK1, YeTKO BBIAB/IAEMble METOZOM MMIIpErHa-
IV, IMe/U B HEKOTOPBIX K/IeTKAX BUJL CJIOXKHBIX CeTell, I7ie A49eiKY ObIIV CBA3aHbI IPYT
C APYTOM WJIM TIPEACTAB/ANNCD B BUJI€ OT/€/IbHBIX TEMHBIX Y4aCTKOB, JIEKAIMX He3a-
BUCUMO JPYT OT ApyTa (JUKTMOCOMBI), MMEIOLIMX BUJ, TTaI04YeK, 3ePeH, BOTHYTHIX JMC-
KOB ¥ T.1. (puc. 15.2). Mexpy ceTuaroit n suddysHoit popmoit annapara [onbmpxn HeT
IPVHIMIINATLHOTO Pa3yns, TaK KaK 4acTO B OJJHMX J TeX )Ke KIeTKaX Habmofaercs
cMeHa (pOpM 3TOro opraHouja. J7eMeHTHI anmapara [o/bIKI 4YacTo CBA3aHbI C BAaKyO-
JIAMMU, YTO OCOOEHHO XapaKTepPHO /I CEKPETUPYIOIVX K/IETOK.

brimo obHapy>keHo, uTo Mopdomnorusa AI' MeHAeTcsA B 3aBUCUMOCTH OT CTAfuiI Kie-
TOYHOI CEKpeLUM, 4YTO IOCTY>KUIIO
ocHoBanveMm JI.H. HacoHoBy (1924)
BBIJIBUHYTb TUIIOTE3Y O TOM, 4TO Al
ABTIACTCSA OPTAaHOUIOM, O6ecIIeunBao-
VM CeNapalyio VM HaKOIUIEHNUE Be-
LIECTB B CAMbBIX Pa3/INMYHbBIX K/IEeTKaX.

1. TOHKOe cTpoeHmne
annapata lonbgxu

B 37eKTpOHHOM  MMKpOCKOIIe
BUJIHO, 4TO ammapar [O/b/pKM mpen-
CTaBlleH MeMOpaHHBIMU CTPYKTY-
pami, COOpaHHBIMU BMeCTe B HeOOb-
mori3oHe (puc. 15.3). OtnenpHasi 30Ha
CKOIUIEHNMSI 9TUX MeMOpaH sIB/AETCS
muKkTHOCOMOIt (puc. 15.4). B puxTno-

Puc. 15.1. BHYTPUKNETOUHbIV ceTuaTbiil anmapat no pu- ~ COME€ IUIOTHO JIpYT K Jpyry (Ha pac-
cyHKy K. Tonbgxu (1898) croguumu 20-25 Hm) PAacCIIONOKEHBI B
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Puc. 15.2. Tunbl annapata fonbaxu:
a — CeTYaTbIN B KNEeTKax KMLWeYHoro anutenus; 6 — anddysHbiii B KNETKax CNHANbHOTO raHmuns;
1 —appo; 2 — ATl; 3 — AgpbiwKo

Puc. 15.3. Annapat lonbaxu (Al) B anekTpoHHOM Mu-  Puc. 15.4. CxemaTuyeckoe n3obpaxeHue Komno-
Kpockone HEeHTOB annaparta [onbaxu:

1 — 3MP-AT (ERGIC) — npomexxyTouHas 30Ha; 2 — Luc-
30Ha, NPOKCMMalbHbIN y4acToK; 3 — MeAnanbHbIn —
CpefHUN yyacToK; 4 —TpaHC-OUCTaNbHBIN Y4YacToK; 5 —
TpaHc-ceTb Al

BUJIe CTOIKMU IUIOCKVe MeMOpaHHble MEIIKM, VI LCTEPHBI, MEXAY KOTOPBIMU pac-
MIO/IaTaloTCsA TOHKME MPOCIONKY TManomia3Mbl. Kakjasa oThenbHas LUCTEPHA MMEET
[MaMeTp OKO/IO 1 MKM M IIepeMeHHYIO TOJILIVHY; B LIeHTpe ee MeMOpaHbl MOTYT OBITH
cOmmKeHbl (25 HM), a Ha nepudepuyt UMeTh pacIIVpPEeHNs, aMITy/Ibl, IINPUHA KOTOPBIX
HerocTosiHHa. Ko/mmyecTBo TaKMX MEIIKOB B CTOIKe OOBIYHO He IpeBblmiaeT 5-10. Y He-
KOTOPBIX OJJHOK/IETOYHBIX MX YMC/IO MOXKeT gocTturarb 20 mryk. Kpome nnorno pacmno-
JIOKEHHBIX IIOCKUX IMCTEPH B 30He Al Hab/mogaeTcss MHOXKeCTBO Bakyoseit. Menkue
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BaKyO/Il BCTPEYAIOTCA ITIaBHBIM
obpazoM B  mHepudepriecKux
y4JacTKax 30HbI Al; MHOTZIa BUIHO,
KaK OHIU OTLIHYPOBBIBAIOTCA OT
aMITy/IIPHBIX ~ PACIIMpEeHMil Ha
Kpasx IUIOCKMX wnuctepH. Ilpm-
HATO pa3nnyarbh B 30HE JUKTNO-
COMBI TIPOKCUMABHBIN Win Gop-
MUPYIOIIMIACA, IUC-Y4acTOK, U

JVICTA/IbHBI WV 3PEJIblil, TPAHC-

[T — npokcmmanbHan (Umc-) YacTb; [1 — anctanbHas (TpaHC-) YacTb;
P (uuc) A—=a (Tpanc) y4acTok (puc. 15.5). Mexxpy HuMu

B — Bakyonu; L| — nnockvie MmembpaHHble LycTepHbl; A — amnynap-

Hble PaCLUNPEHIS LCTEPH pacrionaraercs CpegHUI WK 1Ipo-
MEXYTOYHBIN y9acTOK AT
Bo Bpems feneHns KJIETOK CeT-
vaTble opmbl Al' pacnajjaloTcs O AMKTHOCOM, KOTOPbIE TACCUBHO M CITyYalfHO pac-
IpefeNnAnTCA 10 JouepHNUM KieTkaM. [Ipu pocTte KaeTok oblee KOMMYeCTBO AUKTHO-
COM YBENMYMBAETCA.

B cexperupyromux kimetkax o6pr4HO Al HO/MSpU30BaH: €ro MPOKCUMaIbHAS YaCTh
obpallieHa K LUTOIUIa3Me U SIPY, @ AUCTAIbHAs — K IOBEPXHOCTY KJIeTKI. B mpoxcu-
MaJIPHOM Y4acTKe K CTOIIKaM COVDKeHHBIX LIMCTEPH NIPYMBIKAeT 30Ha ME/IKMX ITIa[JKUX
ITY3bIPbKOB 11 KOPOTKMX MeMOPAaHHBIX LIUCTepH. B 06pasijax mpemapaTuBHO BbIJE/IeH-
HBIX 30H Al Ipy HeraTMBHOM KOHTPACTMPOBAHUM BUJHO, YTO K IIPOKCMMAJIbHOI Ya-
CTU IUKTNOCOMBI ITPMMbBIKAET CETEBUIHAA NN ry6Koo6pa3Haﬂ CUCTEMA M€M6paHHbIX
nonocreit. Cunraercs, 4to a1a cucrema (IIIP — AT’) MmoxkeT npencTaBiaTh co60it 30HY
nepexogpa sneMeHToB JIIP B 30HY anmapata [onbmxn.

B cpepHert 4acTi AMKTMOCOMBI Tepudepus KaXKIoil LUCTePHbI TAKXKe COTPOBOXA-
€TCA MaCcCOll MENKMX BaKyorieil 0Koio 50 HM B [laMeTpe.

B pucTanbHOM MM TpaHC-YYacTKe AUKTUOCOM K ITOC/IeHel MeMOPaHHOI TJIOCKON
IYICTepHe IIPUMBbIKAeT YY9aCcTOK, COCTOAIINIA M3 TPYOUYaThIX 571eMEHTOB V1 MAaCCOI METKIX
BaKyoJIeil, YacTO MMemMX GUOPWUIAPHYIO OIYLIEHHOCTD IO MOBEPXHOCTHU CO CTO-
POHBI UTOIIA3Mbl — 3TO OIIyIIE€HHBIE V/IM OKaliM/IeHHbIe Ty3bIpbKM TAKOTO JKe TUIIA,
KaK I OKaliM/IEeHHbI€ ITy3bIPbKM IIPY MMHOLMTO3€. TO TaK Ha3blBaeMas TPAHC-CETh all-
napata lonmpmxu (TGN), rae mponcxopuT paspenieHne M COPTUPOBKA CeKPeTUPyeMbIX
npoxnykTos. Emle aucranbHee pacrnonaraercs rpymma 6ojee KpyIHBIX BaKyoJeil — 3TO
y>Ke IPOAYKT C/IMSAHNSA MEIKUX BaKyoJieil ¥ 00pa3oBaHMs CEKPETOPHBIX BaKyOJIeil.

[Tpy n3y4eHNN TONCTBIX CPE30B K/IETOK B MEraBO/IbTHBII 9/1eKTPOHHBIN MUKPOCKOIIL
ObITO HaIJIEHO, YTO B KJIETKAX OT/E/IbHBIE AMKTOCOMBI MOTYT OBITH CBA3aHbI APYT C APY-
TOM CMCTEMOJ BaKyosel 1 IycTepH. Tak 4To oOpasyeTcs pbIXjias TpeXMepHas CeTb,
BBbIABJIAEMas B CBETOBOM MUKpockone. B cinydae nnddysnoit popmbr A" Ka>Kablit OT-
Ie/IbHBIN ero yYacTOK NpefCcTaBeH JUKTUOCOMOIL. B KileTKax XMBOTHBIX 4acToO C 30-
HOJT MeMOpaH annapara [o7bIK1 acCOLVMPOBAHbI LIEHTPUOIN; MEX/Y PajanabHO OT-
XOJSIVX OT HUX ITYYKOB MUKPOTPYOOUeK /IeXKaT IPYIIIbI CTOIIOK MeMOpPaH U BaKyoJIel,
KOTOpble KOHIIEHTPUYECKN OKPY>KalOT K/I€TOYHBIN IIeHTp. ITa CBA3b, BEPOATHO, OTPa-
XKaeT yJacTyie MUKpOTPybOOUeK B ABVDKEHVN BaKyOJIeiL.

Puc. 15.5. Cxema CTPOEHMA ANKTOCOMbI:
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2, CekpeTopHas ¢pyHKLMA annapata fonbaxn

MembpaHHble 971eMeHTbl Al y9acTBYIOT B Cerperanyuyl M HaKOIJIEHUM MIPOJYKTOB,
CHHTE3MPOBAHHBIX B OP, y4acTBYIOT B MIX XMMIYECKMX ITePeCTPOIIKaX, CO3pEeBaHNMN: 3TO,
IJIaBHBIM 00pa3oM, IIepecTpoiika O/IMrocaXxapyiHbIX KOMIIOHEHTOB IINKOIIPOTENHOB B
COCTaBe BOJJOPACTBOPUMBIX CEKPETOB MM B cOCTaBe MeMOpaH (puc. 15.6).

B nucreprax AT mpomcXopuT CUMHTe3 IOMMCAXapUIOB, X B3aMMOCBA3b C OeIKami,
npuBOJsAIas K 00pa3oBaHMI0 MyKonpoTenoB. Ho raBHOe, ¢ IIOMOILIbIO 971EMEHTOB
anmapata JonbKM MPOUCXOANT IIPOIeCC BbIBEIECHNUA TOTOBBIX CEKPETOB 3a IIpefie/ibl
knetkn. Kpome toro, AI' — MCTOYHMK K/I€ TOYHBIX JIM30COM.

Yuacrtue AL B mpoljeccax BbIBeIeHIA CEKPETOPHBIX IIPOYKTOB ObIIO OYEHb XOPOLIO
U3y4YeHO Ha IIpMMepe 9K30KPUHHBIX KIETOK IIOMKeTyJOYHON Kemesbl. [l aTux Kie-
TOK XapaKTepHO Ha/ju4dye OOJIBIIOro 4MC/Ia CEKPETOPHBIX I'PaHY/ (3MIMOT€HOBBIX Ipa-
HY/I), KOTOpbIe IPEACTAB/IAIT C0060/1 MeMOpaHHbIe ITy3bIPbKM, 3aIIOJTHEHHbIE OEIKO-
BBIM COJIEPXXVIMBIM. B cocTaBe 6€/lKOB 3MMOT€HOBBIX IPaHY/ BXOAAT pasHOOOpasHbIe
(bepMeHTBI: TpOTeasdl, MNIa3bl, KapOOruapasbl, HyKIeassl. [Ipyu cexperyum comepxiu-
MOe 3TIX 3VIMOT€HOBBIX TPAaHY/I BBIOPACHIBAETCS U3 K/IETOK B IIPOCBET XKe/Ie3bl, a 3aTeM
nepeTeKaeT B IIOJIOCTb KMIIEYHNKA. Tak KaK OCHOBHBIM ITPOJIYKTOM, BBIBOJAVIMBIM KJ/I€T-
KaMI TTO/Ke/TY/JOYHOI >KeTIe3bl, SABJIsIeTCs 6€/I0K, TO MCCIe0BaIN II0C/IeJ0BaTe/IbHOCTD
BKJIIOUEHMSI PAJYIOAKTUBHBIX aMIHO-
KIIC/IOT B pa3/INyHble Y9aCTKY KJIETKI
(puc. 15.7). Ina 3TOro >XMBOTHBIM
BBOAW/IVI MEYEHHYIO TPUTNEM aMIHO-
kucnory (*H-neiunn) u ¢ momobio
3MeKTPOHHO-MUKPOCKOINYECKON
pagmoaBTorpadum CIeUIN BO Bpe-
MeHU 3a NoKanusauueit MmeTku. Oka-
3a710cb, 4TO Al sB/IgETCS IpOMEXy-
TOYHBIM 3BEHOM MEX/y COOCTBEHHO
CMHTE30M CEeKpeTUpyeMOoro Oenka 1
BBIBEJICHIEM €ro M3 KIeTK!. Taxoke
HOZpOOHO IIPOLECCHl CMHTEe3a 1 BbI-
BefieHUs1 0eNKOB ObUIM M3ydeHBI Ha
APYIMX KJIeTKax (MosIoyHas kenesa,
OOKa/lIOBUIHbIE  K/IETKM  KUIIed-
HIKa, IMTOBMIHAA >Kele3a U Ap.),
U OBUIM VCCIIEHOBaHbI MOPQOTIOTH-
yecKye OCOOEHHOCTM 9TOrO IIpo-
nHecca. CHHTe3sMpOBaHHBII Ha pU-

6ocoMax IKCHOpTUpYeMblil Oemok  Puc. 15.6. Cxema casm IMP, annapara lonbxi ¢ 06paso-
BaHWEM 1 BblAENEHNEM 3UMOTeHa U3 aLMHAPHbIX KNeToK
MOAPKENYAOYHON XKeslesbl:

OTHE/NAETCA M HaAKaIJIMBA€TCsA BHY-

Tpu nucrepH IIIP, o KoTopbiM OH _
1 — nepexogHas 30Ha mexay NP n Al; 2 — 30Ha co3peBaHuA

TPAHCIIOPTUPYETCA K 30He MeMOpaH CeKPETOpHbIX rpaHy”; 3 — oTaenuBLIMecs oT Al 3UMOreHoBble
AT 3gech o1 rmagknx y9acTKoB IIIP  rpanynbi; 4 — nx Bbixop (3k30unT03) 32 Npepens! KneTk
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Puc. 15.7. MocnepoBaTenbHOCTb 0bHapyxeHus (71-4) metku ot 3H-
JIN3VHA NPY CMHTE3e 1 BbiBefeHUM GENKOBOro CEKpeTa 13 KNeTKU nog-
XKenygouHom xenesbl; K — KpoBeHOCHbIN anunnap, LI — yutonnasma
KneTku; 1 — npocseT xene3bl. CTpesky NOKa3blBaOT MyTW MUrpaLmm
METKM

OTIIEIVIAIOTCS  MEJIKIe
BaKyo/lIM, COfeprKalye
CUHTe3MpOBaHHbI  Oe-
JIOK, KOTOpPbI€ OCTYIAOT
B 30HY BaKyoJleil B IIPOK-
CMMa/IbHOM 4YacTU JMK-
tnocombl (IIIP-AT kom-
maekc). B aTom mecte Ba-
KyO/IM MOTYT C/IMBaTbCs
IPYT C JPYTOM M C IUIO-
CKMMI IUIC-IIVICTepHAMU
IVKTUOCOMBI. Takum 06-
pasoM IIPONCXOANT Iiepe-
HeceHue 0€IKOBOTO Mpo-
IIyKTa y>Ke BHYTPH IIOJIO-
creit nquctepH Al

ITo mepe Mmopuduka-
1y 6€NKOB B IIVICTEPHAX
anmnapara lonbpmxu, oHu
C IIOMOIIBIO MEJIKUX Ba-
KyOJIell IIePEeHOCATCA OT
IVICTepH K LNUCTEpPHE B
OVICTA/IbHYI0 YacTh JUK-
THOCOMBI, IIOKa He J0-
CTUTAIOT TPyO4YaToil MeM-
OpaHHOI ceT B TpaHC-
y4acTKe  JJUKTMOCOMBI.
B sToM ydacTke mpouc-
XOINT OTIIeIUICHNEe Mesl-
KIX IIy3BIPbKOB, COfiep-
KAIUX ~ yXKe  3peIblil
nponykT. lurommasma-
THYEeCKass IIOBEPXHOCTD

TaKUX My3bIPbKOB ObIBaeT CXOJHA C IIOBEPXHOCTBIO OKAaIM/IEHHBIX ITy3bIPbKOB, KOTO-
pble HaO/MIOAIOTCSA IIPY PeLleITOPHOM NMMHOLUTO3e. OT/IeNMBIINECS Me/IKIe Y3bIPbKI
CIIMBAIOTCA APYT C APYTOM, 00pasys ceKpeTopHble BaKyomu. Ilocie 3Toro cekpeTopHble
BaKyO/IV HAYMHAIOT IBUTATHCA K TIOBEPXHOCT KJIETKM, COPUKACAIOTCA C IIa3MaTuye-
CKOJI MeMOpaHOI1, ¢ KOTOPOI CIIMBAIOTCA MX MeMOpaHbI, U, TAKUM 00pa3oM, COfep>Ku-
MoOe 3TMX BaKyoJIell OKa3bIBaeTCs 3a IpefenaMu KieTkn. Mopdonormyeckn 3ToT mpo-
11ecC 9KCTPy3uM (BbIOpachIBaHMs) HATOMIHAET MMHOLNTO3, TOTIBKO C 06paTHOI OC/Ie-

IOBATENMbHOCTHIO cTaguii. OH HOCUT Ha3BaHUE IK30UUMO3.

Takoe onycanme coObITUII ABIACTCA TOMBKO O0IIIENT CXeMOJl y4acTus anmnapara [onp-
KM B CEKPETOPHBIX MpolieccaX. [Iefo yCIoKHAETCA TeM, YTO OfHA Y Ta )K€ K/IeTKa MO-
JKeT y4aCTBOBATb B CMHTe3e MHOTVX BBbIIe/IIEMBIX 0€/KOB, MOXKET MX JPYT OT ApyTa
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M30/IMPOBATh ¥ HANPABAATb K KJI€TOYHOI IMOBEPXHOCTM VU K€ B COCTAaB JIM30COM.
B anmmapare TonpKu IponcXoguT He IPOCTO «IlepeKadyKa» IPOAYKTOB M3 OFHOI IOMIO0-
CTHU B [JPYTYIO, HO U IIOCTEIIEHHO UJIET UX «CO3peBaHMe», MOIUUKALA OeKOB, KOTO-
pas 3aKaH4YMBAETCA «COPTUPOBKON» PO YKTOB, HAIIPAB/IAIOLIMXCSA UK K IM30COMAM,
VU K IJIa3MaTU4YeCcKoil MeMOpaHe, NN K CEKPEeTOPHBIM BaKYO/IAM.

3. Moaudukauusa 6enkos B annapare lonbaxu

B 1juc-3ony anmapara [onbmxu cuatesnpoBanuble B DITP 6erku momafaor moce mnep-
BIYHOTO I/IMKO3V/IVPOBAHYIA U PeIYKIVV TaM »Ke HeCKOIbKIIX CaXapU/HbIX OCTaTKOB. B ko-
HEYHOM MTOTe BCe O/IKM TaM VIMEIOT OiITHAKOBbIe O/IMTOCaXapyU/HbIe IIeT, COCTOSIIE U3
ABYyX Monekyn N-auermmi-
IJIIOKO3aMIHA, IIEeCTH MO-
JIeKyZT MaHHO3bI (puc. 15.8).
B umc-umcrepHax HaumHa-
erca BTOpmMYHasA Mmopydu-
KaOMsA  ONMIOCaXapyIHBIX
Lemneil M UX COPTUMPOBKA
Ha 7Ba Kimacca. B pesymb-
TaTe OMMTOCaxapyubl Ha TU-
APOMUTUYECKNX  (epMeH-
Tax, NpeJHA3HAYEHHDIX I
nmsocoMm (boraTble MaHHO-
30i1 onmrocaxapupsl), ¢oc-
bopunupyorcs, a omuroca-

K Nia3MaTinyeckon

Xapupbl Apyrux OeNKoB, Ha- MemGpaHe
IIPaB/IAEMbIX B CEKPETOPHBbIE YNk CEKPETOPHbIM
rpaHynam
TPaHy/Ibl, WIN K IIA3MaTH-
4ecKoil MeMOpaHe, IOIBep- [00COAT| [ ©OCOAT]
TaloTCs C/IOKHBIM IIpeBpa-
peBp Man Man

LIEHVSAM, TePsIA Pl CaxapoB
U TIPUCOENVHAS Ta/IaKTo3Y,
N-aueTuIrmoKo3aMIH 1 CU-
aJIOBbI€ KMC/TOTHI.

IIpn stom BO3HUKaeT Puc. 15.8. [y BTOpUYHOro rmkoswm-

CTleIMaNbHblil  KOMIIeKc ~ POBaH!A 6enkos B annapare lonbpkm:

ONUTOCAXapUIOB. Takue 9 — NepBAYHOE TMKO3NMPOBaHUE B JMP;
6 — pe3ynbTaT BTOPUYHOTO FINKO3WANPOBa-

HPEBpAlICHNA  OIMTOCAXA~ g g AT Genkos MnasmaTMyeckoil Memb6pa-
PUAOB OCYHIECTBJIAIOTCA C  Hbl U CEKPETOPHbIX BaKyosnel; 8 — pesysib-

TTOMOIIBIO ¢epMeHTOB _ TaT BTOPUYHOIO MMNKO3NNUPOBAHUA 6enkoB
Nn3ocom

|MaH||MaH| |MaH|

Y

TIUKO3UATpaHchepas,
MaH — maHHO33; Acn — acnmaparuh;
BXO[AIINX B COCTAB MEM-  y_ rj0k03a; CK — cvanosast Kcora; fa —

6paH LUUCTEPH aIImapara N-aueTunrnioko3amuH; lan — ranakrosa

K nn3ocomam
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Tonpmxm. Tak Kak KaXkas 30Ha B AUKTUOCO-
Max MMeeT CBOJ Habop (epMeHTOB ITIMKO3M-
MPOBaHMUs, TO ITIMKONPOTEMABI KaK OBl IO
actadeTe MEPEHOCATCSA U3 OJHOTO MeMOpaH-
HOTO OTCeKa («3TaXka» B CTOIKE I[MCTEPH MK~
TIOCOMBI) B APYTOil ¥ B KaXX[JOM INOABepra-
I0TCSL CrienuduueckoMy BO3AeiCTBUIO dep-
MEHTOB. Tak B IMC-y4acTKe IIPOMCXOAMUT
dbochopunupoBaHe MaHHO3 B JTM30COMHBIX
¢depmenTax u ob6pasyercss ocobas MaHHO30-6-
TPYIIMPOBKA, XapaKTepHasl Il BCeX TUAPO-
JIUTUYECKUX (PEePMEHTOB, KOTOpPbIe IIOTOM IIO-
HajiyT B IM30COMBI.

B cpenHelt 4acTy [JUKTMOCOM IIPOTEKAET
Puc. 15.9. Jlokansauna GepMeHTOB MOAMOY-  gmopuynoe 21UK03UTUPOBAHUE CEKPETOPHBIX
KaLun 6enkoB B annaparte [onbmKA:

0e/IKOB: JOIIOJTHUTEIbHOE Y/a/leHue MaHHO3bI
1 — cuHTe3 Genka B IMMP; 2 — docdopunmpo- N
BaHWe NIM30COMHbIX OnMrocaxapmaos; 3 — oT- 1 IpUCOCAMHEHME ~aneTWITTTIOKO3aMITHA.
LienneHne MaHHO3bl; 4 — npucoeanHeHune B TpaHC-Y49aCTKE€ K OJIMTOCAXApUIHOUM ILEIIN

N-aueTunrniokosamnHa; 5 — NPUCOEANHEHNE MaH- 1Py COEMMHAIOTCA TaJIAKTO3a U CUAJIOBbIE KIIC-
HO3bl; 6 — npucoegnHeHne CranoBon KUCNOTbI;
notsl (puc. 15.9).

7 — COpTMpOBKa GeNnkoB Ha peLientopax B TpaHC-

cetn; 8 — nM30CoMa; 9 — ceKpeTopHas BaKyosb; B pAne crnennajan3npoBaHHbIX KIE€TOK B

10 — nnasmanemma anmapare [ONbKY IPOMCXONUT CHHTE3 CO0-
CTBEHHO IIO/IMCAXapUMOB, KaK, HAIlpUMeEp, B
¢dbubpobdmacTax.

Tak, B anmapare [07b/K1 IPOMCXOANUT CUHTES IJIMHHBIX HePa3BeTBIEHHBIX IIO/IMCA-
XapUIHBIX IleTieil I/II0KO3aHOIIMKaHOB. OfMH 13 HUX, TMaTypOHOBask KUCIOTA, BXOMSI-
I1ast B COCTaB BHEK/IETOYHOTO MaTPUKCa COEUHUTENbHO TKAHM, COIEPYKUT HECKOTHKO
TBICSIY MTOBTOPSIOLIVXCS JUCaXapUIHBIX OOKOB. MHOIMe TTIOKO3aMHOIIMKaHbI KOBa-
JICHTHO CBSI3aHbI ¢ 6e/IKaMu 11 06pasyIoT MPOTeOrIMKaHbl (MyKonpoTenHsl). Takue mo-
NMcaxapyuiHble ey MoAU(UIVPYIOTC B annapare [0bpK1 U CBA3BIBAIOTCS C Oerl-
KaMM, KOTOpBIe B BIJIe IPOTEOITIMKAHOB CeKPeTUPYIOTCS KleTKaMu. B anmapate Tonb-
IDKU TIPOUICXOAUT TaKXe CylIb(aTMpoBaHUe IMIOKO3AMUHOIIMKAHOB 1M HEKOTOPBIX
O€JIKOB.

4, CoptmpoBka 6enkoB B annapate lonbgxn

Wrak, yepes anmnapar [ombK1 IpOXOAUT IO KpajiHell Mepe TpU ITOTOKA CUHTe3MpO-
BaHHBIX KJIeTKOII HEIMTO30/IbHBIX O€/IKOB: TOTOK TMAPOIUTIIeCKIX (epPMEHTOB B KOM-
IAPTMEHT JIM30COM, IIOTOK BbIJIe/IAEMBIX O€/IKOB, KOTOpbIe HAKAIINBAIOTCSA B CEKPETOP-
HBIX BaKYOJIfIX, ¥ BBIJENAIOTCA U3 KIETKY TONBKO 10 MOTYYEHN) CIIeIabHbIX CUTHA-
JIOB, IIOTOK ITIOCTOSIHHO BBIE/IAEMBIX CEKPETOPHBIX OenKoB. CrefjoBaTeNbHO, TOMKEH
OBITb KaKOM-TO CIIEIVIa/IbHbI/I MEXaHU3M IIPOCTPAHCTBEHHOTO pasfie/IeHNsA 3TUX pas-
HBIX 0€/IKOB I VX ITyTell CIefOBaHMA.
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Puc. 15.10. CopTpoBKa Kucnbix rugponas B annapare fonbaxu:

1 — noctynnenve rugponas u3 MP; 2 — docdopunrposaHie; 3 — nepeHoc B TpaHC-ceTb Al 4 — cBA3bIBaHWe C pe-
LIeNTOpOM; 5 — KNaTprHOBas 060/104Ka; 6 — NepBUYHas NN30COMa; 7 — O0ObeANHEHIE CO BTOPUYHOW IM30COMON; 8 —
avccouvauus ot pelenTopa; 9 — pepocdopunnpoBarue; 10 — akTUBUPOBaHHaAsA rMaponasa; 171 — Bo3Bpart (peuvknu-
3alusA) peLenTopos

B 1uc- n cpegHNUX 30HAX AMKTUOCOM BCe 9TU Oe/IKM UAYT BMecTe 6e3 paspesieHns,
OHU TOJIBKO pasfie/IbHO MOAV(PUIUPYIOTCA B 3aBUCHMOCTU OT UX O/IMTOCAXapUIHBIX
MapKepOoB.

Co0OCTBeHHO pasiesieHue OeIKOB, X COPTUPOBKA, IIPOVCXOUT B TPAHC-y4YaCTKe all-
napara [onpmku. ITOT mpoliecc He IO KOHIA pacuindpoBaH, HO Ha IIpUMepe COPTH-
POBKU TM30COMHBIX (PepPMEHTOB MO>KHO IOHATH IPUHINII 0TOOpa OIpefie/IeHHbIX Oe-
KOBBIX MOJIeKyI (puc. 15.10).

V3BeCcTHO, YTO TOMBKO OeNKU-TIPeIIeCTBEHHUKN TM30COMHBIX TUAPOIA3 MMEIOT
criennpUIecKyIo OIMrocaXxapuHyIo, 8 UMEHHO MaHHO3HYIO IPYIIILY.

B nuc-nucreprax sty rpynnupoBky GochopunmnpyIoTcsa U Gajblie BMeCTe C PY-
MMM OelKaMy IIePEHOCATCS OT LMCTEPHBI K LUICTepHE, Yepe3 CPELHIO 30HY B TPAHC-
y4acToK. MeMbpaHbI TpaHC-ceT anmnaparta [ombxu coep>kaT TpaHCMeMOpaHHbIIT Oe-
JIOK — penenTop (MaHHO3a-6-pocdarHbll penentop wm M-6-D-penentop), KOTO-
pbiit y3HaeT pocdopunrpoBaHHble MAHHO3HBIE TPYIIIIMPOBKY OJIUTOCAXAPU/IHOM IIeTn
NMM30COMHBIX (PePMEHTOB U CBA3BIBAETCS C HUMU. DTO CBA3BIBAHME MIPOUCXONUT TIPU
HeTpabHBIX 3HaYeHUAX pH BHyTpu uncrepH tpanc-cetn. Ha mem6panax atu M-6-
®-penenTopHble OeKM 00Pa3yIOT KIACTEPBI, TPYIIIBI, KOTOPble KOHIIEHTPUPYIOTCS B
30HaX 0O0pa3oBaHMs MEJIKUX ITy3bIPbKOB, IIOKPBITHIX KIaTPUHOM. B TpaHc-ceTn amma-
para [o/b/>K1 IPONCXONUT UX OT/Ie/IeHVIe, OTIIOYKOBbIBaHVIE U Ja/lbHENILINI IEPEHOC K
sngocomaM. CrenoBaTenbHo, M-6-O-perientopsl, sIBASACh TPAaHCMeMOpPaHHBIMU Oel-
KaMI, CBA3BIBAACH C JIM30COMHBIMIU TUAPOIA3AMM, OTAEIAIT UX, OTCOPTUPOBBIBAIOT
OT Jpyrux 6enKoB (HampuMep, CeKPeTOPHBIX, HETM30COMHBIX) ¥ KOHIIEHTPUPYIOT MX
B OKaJIMJICHHBIX ITy3bIpbKaX. OTOPBaBIINCH OT TPAHC-CETH, 3TU IY3bIPbKYU OBICTPO Te-
pAIOT 1yOy, CIMBAIOTCSA C 9HJOCOMAMIM, IIEPEHOCS CBOU M30COMHbIE (PePMEHTBI, CBA-
3aHHbIe C MeMOPaHHBIMY pellelITOpaMy, B 9Ty Bakyomn. Kak ye roBOpuiIocs, BHyTpu



Yacme Ill. CTPOEHWE Y XVMUA UNTOITTIASMbI

220

9H/IOCOM 3-32 aKTMBHOCTHU IPOTOHHOTO [TePeHOCYMKa IIPOUCXOINUT 3aKIICTIEHE CPeibl.
Haunnas ¢ pH 6, mn3ocomuble pepMeHTHI fucconuupyior oT M-6-®-perentopos, ak-
TUBMPYIOTCS M HAYMHAIOT PaboTaTh B IIOJIOCTY SHOMN30COMBL. YUYaCTKI e MeMOpaH
BMecTe ¢ M-6-®-penenTopaMy BO3BPAIAIOTCA MyTeM PeLMKIN3ALN MeMOPaHHbBIX
ITy3bIPbKOB 0OPATHO B TPAHC-CETh anmnapara [ombpxim.

BeposTHee Bcero, 4To Ta 4acTh HEMM30COMHBIX O€/IKOB, KOTOpas HaKAIUIMBACTCA B
CEeKPEeTOPHBIX BAKYOJIAX VM BBIBOAUTCS 13 KJIETKM ITOCTIe TOCTYIIEHNS CUTHAIA (HaIpu-
Mep HEPBHOTO VU TOPMOHAJIBHOTO), IIPOXOAUT TAKYIO Xe MPOLeAypy 0TOOpa, COPTH-
POBKM Ha pelLleNlTopax TPaHC-UMCTEpH ammapara [onbmpkn. DT ceKpeTopHble GelKu
IIOIIA/Jal0T CHavajIa B MEJIK/E BaKyO/y, TOXKe OfeThble KIaTpMHOM, KOTOpbIE 3aTeM CIIN-
BAIOTCA APYT € IPYTOM. B ceKpeTOpHBIX BaKyO/IAX YacTO MPOVMCXOANT arperamys HaKoI-
JIEHHBIX 6€/IKOB B BJJI€ IUVIOTHBIX CEKPETOPHBIX I'PaHy/L. DTO MPUBOAUT K IIOBBIIIEHNIO
KOHI[eHTpauuu 6ejKa B 9TUX BaKyo/LiX npuMepHO B 200 pas, 10 CpaBHEHUIO C €r0 KOH-
LeHTpauyeit B anmnapate [onbaku. 3ateM 9111 6eIKM 110 Mepe HaKOIUIEHUs B CEKPETOp-
HBIX BaKyO/IAX BBIOPACBIBAIOTCA 13 KJITKM ITyTeM 9K30LIMTO3a, ITOC/Ie TIOTyYeHN KIIeT-
KOJ COOTBETCTBYIOIIETO CUTHAIA.

Ot anmapara IonbXn CXOOUT U TPETUI IIOTOK BaKYOJIeil, CBA3aHHBII C IOCTOSIH-
HOJI, KOHCTUTYTUBHOIT cekperyeit. Tak ¢prOpo6macTsl BbIESIOT 60/IbIIIOE KOMNIECTBO
[JIMKOTIPOTEN/IOB M MYLIMHOB, BXOJIAIINX B OCHOBHOE BellleCTBO COeIMHUTEe/TbHO TKaHM,
B COCTaB BHEK/IETOYHOTO MaTpuKca. MHOIMe K/IeTKY IIOCTOSTHHO BBIAEIAIOT O€/IKM, CII0-
coOcTByIOMIME CBA3BIBAHMIO UX C CyOCTpaTaMy, HOCTOSHHO UJIeT IIOTOK MeMOpPaHHBIX
IY3BIPbKOB K IOBEPXHOCTY KJIETKM, HECYIIVe 9IeMEeHTbI IJIMKOKa/IMKCa ¥ MeMOpPaHHbBIX
[JIMKONIPOTENIOB. DTOT IOTOK BBbIJe/IA€MBIX K/I€TKOJ KOMIIOHEHTOB He IOAIeXUT CO-
PTUPOBKE B peLieNTOPHON TpaHC-cucTeMe anmapaTa lonpmxu. [lepBuuHble Bakyonn
3TOTO IOTOKA TAKXKe OTIIEIUIAIOTCA OT MeMOpaH ¥ OTHOCATCA IIO CBOEI CTPYKType K
OKaJIMJICHHBIM BaKyOJIAM, COfepKaliyuM KinaTpuH (puc. 15.11).

3aKkaH4MBask pacCCMOTpPEeHMe CTPOEHNSA U PabOThI TAKON CIIOXKHOI MeMOpaHHOIL Op-
raHe/lIbl, KaK ammapar [0k, HeoOXOAMMO IOAYepKHYTh, YTO HECMOTPS Ha KaXKy-
IYI0CA MOP(OIOTNIeCKYI0 OTHOPOJHOCTD €T0 KOMIIOHEHTOB, BAaKYO/II 11 IIVICTEePHBI, Ha
CaMOM JieJIe 3TO He IIPOCTO CKOMIIE ITY3bIPhKOB, a CTPOIIHA, JMHAMMUYHAs, CTIOKHO Op-
raHM30BaHHas, IO/IAPU30BaHHAsA CHUCTEMA.

°
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Puc. 15.11. Tpu notoka TpaHcrnopTa
6enKoB yepes annapat fonbaxu:

1 — NN30COMHbIN NOTOK; 2 — MOTOK NO-
CTOAIHHON cekpeunn; 3 — noTok perynn-
pyemoii cekpeLum
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B ATl mpoucxomuT He TONBKO
TpaHCHOPT Be3uKyn oT EP k mas-
Mmarmdeckoir MemOpane. Cymie-
CTBYeT peTpOrpajiHblil IIEPeHOC Be-
31Ky Tak, OT BTOPMUYHBIX TM30COM
OTLIETIAIOTCA BaKyO/lIM M BO3Bpa-
IIAI0TCA BMeCTe C PeljelITOPHbIMU
6enkamu B TpaHc-Al 3omny. Kpome
TOTO, CYILIeCTBYeT IIOTOK BaKyoO-
7iell OT TPAaHC-30HBI K LKC-30He Al
a TaK >ke OT LIJC-30HbI K 9H/IOI/Ia3-
MaTN4eCKOMY peTUKyIyMmy. B atux
CIy4Yasx BaKyo/lIM OfieThl OenkaMu
COP I-xkommiekca. CamuraeTcs, 9To
TaK/M IIyTeM BO3BPALIAIOTCA pas3-

JINYHDbIC (bepMeHTbI BTOPUYHOTO

a — mogenb CTabunbHbIX KOMMApTMEHTOB; 6 — Mopenb co3pe-
TMUKO3WIMPOBAHMA M PEHEIITOP-  gauus unctepH Al; 1 — cekpetupyemble 6eku; 2 — NOCTOAHHbIE
HbIE 6K B COCTaBe MeM6paH. depmeHTbl AT; 3 — NepeHoC K S3HA0COMaM; 4, 5 — NepeHoC K nnas-

SH 0COGEHHOCTH ToBejie- MaTI/IlIeC.KOIh membpaHe; ERGIC — 3MP-Al- npomexyTouHbIi KOM-
nnekc. cis, med, trans — yuactku Al, TGN — TpaHc-Al-ceTb
HIS TPAaHCHOPTHBIX BE3UKYN Hanu
OCHOBY TUIIOT€3€ O CYIIeCTBOBa-
HUU IBYX TUIIOB TPaHCIIOpTa KOMIIOHeHToB AT (puc. 15.12).

ITo ogHOMY M3 HUX, Haubonee ctapomy, B AT cyujecTByIoT cTabuibHble MeMOpaH-
Hble KOMIIOHEHTBI, K KOTOpbIM oT DIIP acTadeTHO nmepeHOCATCA BellecTBa ¢ IOMOIIBIO
TPaHCIIOPTHBIX Bakyoneil. 1o anbrepHaTuBHONM Mogenu Al ABnAeTcA [MHAMUYIECKUM
npousBopHbIM JIIP: oTienuBuecs ot TP MeMOpaHHbIe BAKYO/IN CIMBAIOTCS APYT C
IPYyroM B HOBYIO LIMC-IIUCTEPHY, KOTOpas 3aTeM NpojBUraeTcs yepes Bcio 30Hy Al' 1 B
KOHIJe pacna/laeTcs Ha TPAaHCIIOPTHbIe Be3uKybl. [1o aToit mopenu perporpagusie COP
I Be3uKy/Ibl BO3BPALIAIOT IOCTOAHHBIE Oenky AT’ B 60/1ee Moyofbie IycTepHbL. Takum
06pa3omM, mpefIoaaraeTcs, 4To nepexogHasn sona JIIP mpepcrasiaeT co6oit «poanIb-
HBII OM» JJIA anmapara [onbmKu.

OcHoBHble maTonOrM4ecKne uaMeHeHnsa Al cBA3aHBI ¢ MyTallMOHHBIMM Hapyllle-
HIAIMM WIN B COIEpKaHMU (epMEHTOB B €ro IMCTEePHAX, VI B HA/IMYNU PeIenTop-
HBIX OJIKOB JUIsI CeKPeTUPYeMbIX KOMIIOHEHTOB. Takue OMOXMMUYeCUKe HapylIeHNs
He BBIABJIAIOTCA Ha MOPQOTOTMYECKOM YPOBHE U CBS3BIBAIOTCS C MATOTOTMYECKUMMU
M3MEHEeHMAMN JIM30COM (CM. M30CoMHbIe 601e3HNn). OIHAKO IIeTOCTHOCTDh KOMIIIEKCa
MeMOpaHHBIX LucTepH Al, a Taroke IOPANOK MUTPALVIM BAaKyoJell B IVIC- ¥ TPaHC-
HaIlpaB/JI€HMAX HAIIpAMYIO 3aBUCAT OT CUCTEMBDI MI/IKpOpr60‘ICK N aKTMBHOCTU KJI€-
TOYHOTO LeHTpa. [Ipu ero mopasieHnn u pazbopke MUKpOTpyOOUeK ABV>KEHME BaKyo-
neit Al mpexpaijaeTcsa 1 fajee OH paclalaeTcA Ha OTHEe/IbHbIE BAKyOIN ¥ KOPOTKME LIM-
CTepHbL. JTO MOKa3bIBaeT Ha 0COOYI0 3aBUCUMOCTDb AT Kak TPaHCIIOPTHOTO 9/IeMEHTA B
KJIeTKe OT LIe/IOCTHOCTY KJIETOYHOTO IIeHTPa 1 IOKOMOTOPHON PO/IM MUKPOTPYOOUeK.

Puc. 15.12. Mogenwu TpaHcnopTa npoaykTos B Al:
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JInzocombl

O nmu3ocomax y>xe YIOMMHA/IOCh B pasfieflaX, IOCBAILIEHHDIX SHIOLMTO3Y ¥ alla-
pary lonpmxu. Hamuume mM30coM pasHOTroO THIA B K/IETKAX OTpakaeT Ipoliecc Iepe-
HOCa TUJIPOJIUTINYECKUX PePMEHTOB, HEOOXOVIMBIX /IS BHY TPMK/IETOYHOTO paclIjerlie-
HJIA 9K30T€HHBIX (SH30LMITO3) VIV SHIOT€HHBIX (ay TO(aroynTos) HoImMepoB, IpoLecc
CeKpeIy, HO KaK Obl HallPaB/I€HHBIN «BHYTPb» KJIETKN.

JIN30cOMBI He TPEACTABIAIT CO00Il B KIeTKAX CAMOCTOATENbHBIX CTPYKTYP, OHU
00pasyloTcA 3a C4eT aKTMBHOCTY SHIOMIA3MAaTIYeCKOTO PeTUKY/TyMa U anmnapara [o1b-
IKM ¥ B 9TOM OTHOLICHU! HAIIOMMHAIOT CeKpPEeTOPHbIe BAaKyOIyM M YTO OCHOBHAs VX
POJIb 3aK/II0YAETCS B YYACTUM B IPOLeccaX BHYTPUK/IETOYHOTO PacIleIIeHNs KaK 9K-
30T€HHBIX, TaK ¥ 9HIOT€HHBIX OMOJIOTMYEeCKIX MaKPOMOJIEKYIL.

CXx0JICTBO IM30COMHBIX BAaKyo/ell C CEeKPeTOPHBIMU HAaXO/IUT CBOE€ OTPaKeHMe He
TO/IBKO B OOLITHOCTY UX IIPOUCXOXK/EHNSA, HO MHOTAA U B OOLTHOCTY KOHEYHOrO 9Tala
UX aKTMBHOCTU. B HEKOTOPBIX CIydYasx JIM30COMBI MOIYT IOAXOAUTb K IIIa3MaTHye-
CKOJT MeMOpaHe 11 BLIOpachIBaTh CBOE COIEP>KMMOe B HApYXKHYI0 cpefy. HacTb 11M30com
Makpodaros TakuM e 06pa3oM obecreunBaeT BHEK/IETOYHbI IUIPOIN3 IPY BOCIIA-
JINTETbHBIX ¥ pe30pOLMOHHBIX Npoleccax. [Ipu ommogoTBopeHNy akpocoMa CriepMus,
BaKyOJIb, aHA/IOTMYHAA JTM30COME U COTeprKalliast IMAPOIUTIIecKIe (pepMeHThI ITaTy-
POHMZA3y ¥ IPOTeasbl, CAMBAETCA C IIA3MAaTUYeCKOil MeMOpaHOIl CliepMus, U3/IMBa-
eTCsl Ha TIOBEepXHOCTD AiijekneTk. OcBoOOAMBIINECs 13 BaKyo/Iy (pepMeHThI paciier-
JIAIOT TIO/IMCaXapyUiHble M OeKOBbIe 0O0IOYKY OOLUTA, JaBass BOSMOXKHOCTD CIIMTHCS
ABYM IOJIOBbIM KJI€TKaM.

1. 06wWwan xapaKkTepucTUKa NN30COM

JIn30coMbl KaKk MeMOpaHHbIe BHYTPUK/IETOUHbIE YAaCTHUI[BI ObUIM OTKPBITHI OMOXM-
mukamu (e B, 1955). IIpu usydennn nerkost nopdpakiyyu MakKpocoM U3 roMore-
HATOB II€YeHM KPbICHI ObIIO HAI[IEHO, YTO 9Ta MoAdpaKLys (B OTINYMEe OT OCHOBHOI
dbpakuyy MaKpocoM — MUTOXOHpUaNbHON (ppakiym) o6agaeT rPyIIoi KMCIbIX TH-
ApomuTnIeckux GepMeHTOB (TMApPONIa3), PaclielUIAINX OeIKY, HYK/IeMHOBbIE KIIC-
JIOTBI, TToucaxapyuabl 1 munyasl. Co3anoch BIedaTIeHne, YTo 9T GpepMeHThI cofiep-
XarcsA B 0c000ro poia UTOIIIa3MaTHYEeCKIX YaCTUIAX, T1M30coMax. JIn30coMbl OKpy-
JKEHBI JIMIIOIPOTENTHON MeMOPaHOIl, KOTOpasi MPEeMATCTBYeT JOCTYIY HaXOMIIMXCS
CHapyX1 cy6cTpaToB K pepMeHTaM, HaXOIVIMCS BHYTPY TU30COM.

XapakTepHas 4epTa JIM30COM B TOM, YTO OHM COfep)KaT OKono 40 ruppomuride-
CKMx (epMEeHTOB: IPOTEVMHA3bl, HYK/Ieasbl, IIMKO3uAasbl, ¢pocdopuasel, pocdarassl,
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cynbdaTasbl, ONTUMYM JEICTBYUSA KOTOPBIX OCY-
mecTBAerca npu pH 5. B mmsocomax kucnoe
3HAuYeHNe Cpelbl CO3[AeTCs M3-3a HaIM4usA B
ux MeMOpanax H* momiisl, 3aBrcumoit ot ATO.
Kpome Toro, B MeMOpaHe /M30COM BCTPOEHBI
Oe/IKI-TIepeHOCYNKY I TPAaHCIOpTa U3 JIN-
30COM B TMaJIOIUIa3My IIPOIYKTOB TUPO/IN3a:
MOHOMEpBI pacllellJIEeHHbIX MOJIEKYT — aMMHO-
KJICTIOTBI, CaXapa, HyK/IeOTUIbL, IVIIVIbL.

Ilop 2mMeKTPOHHBIM MMKPOCKOIIOM BUIHO,
4TO (ppaKIMs IM30COM COCTOUT U3 OYEHb IIe-
CTPOro Kjacca ITy3bIpbKOB pasmepoM 0,2-
0,4 MKM (11 K/IeTOK IIe4eHM), OrpaHMYeH-
HBIX OIVMHOYHOI MeMOpaHOil (TONMI[MHA ee
OKOJIO 7 HM), C O4eHb Pa3HOPOJHBIM COJlepiKa-
HyueM BHyTpU (puc. 16.1). Bo ¢ppaxuum nuso-
COM BCTPEYAKTCS ITY3bIPbKM C TOMOTE€HHBIM, Puc. 16.1. BropuuHble 1130COMbl B KNneTKax
OeCCTPYKTYPHBIM ~ COHEPXXMMBIM, BCTpedva- KynsTypl CMI9B (om.):

I0TCS TIy3bIPbKY, 3aI0/IHEHHbIE TTIOTHBIM Be- J 7 JsocoNLl 2 KAposble Kanu

IIeCTBOM, COfIEpXKAlllIM B CBOIO Ouyepefb Ba-

KYOJIM, CKOIUIEHVSI MeMOpaH U IVIOTHBIX OFHOPOJHBIX YAaCTHILI; YACTO MOXKHO BUJETD
BHYTPU JIN30COM He TO/IBKO y4aCTKM MeMOpaH, HO 1 pparMeHTl MUTOXOHApuit u OIIP.
VHbIMU cTOBaMM, 3Ta PpaKIyisA 10 MOpQOIOTUY OKasanach KpaiHe HEOJHOPOHOI, He-
CMOTPsI Ha IIOCTOSIHCTBO IIPUCYTCTBYIS TU/PO/Ia3.

Bb1/10 06HaPY>KeHO, 4TO CPey Pas/INYHbIX 110 MOP(OJIOT I TM30COMHBIX YaCTHLI MOYKHO
BBIIE/INTD 110 KpajiHell Mepe YeTbIpe TUIIA: IePBUYHbBIE IM30COMbI, BTOPUYHBIE TM30COMBI,
ayTo¢arocoMsl 1 ocTaTouHble Tefblia (puc. 16.2). Ilectpora >xe MOpdomoruu 1M30coM Bbl-
3BaHa TeM, YTO STY YaCTHILIbI YYaCTBYIOT B IIPOLECCAX BHYTPUK/IETOYHOTO IIepeBapyBaHIS,
00pasyloT C/IOXKHbIE INIIEBAPUTE/Ib-
Hble BAaKyo/lIM KaK 3K30T€HHOTO (BHe-
KJIETOYHOTO), TaK ¥ SHZOT€HHOTO Ipo-
VCXOX/IeHNA.

Ileppuunble M30COMBI  IIpen-
CTaBJIAIOT C000JT MenKye MeMOpaH-
HbIE ITy3bIpbKM pasMepoM okoso 100
HM, 3aIIOJITHEHHbIe 0eCCTPYKTYPHBIM
BEILIleCTBOM, COEp)KaIuM Habop ru-
[ipoyIas 1 B TOM YMCIIe KUCTYIo doc-
¢darazy — MapKepHBbIIT JyId TM30COM
bepMeHT. DTu MenKye BaKyo, IIep-
BUYHbIE JM30COMbI, IPAKTUYECKU
O4YeHb TPYAHO OTINYUTH OT MENKNUX
BaKyojieil Ha IHepudepuy 30HBI all-
napara lonbmpxn. YacTb 13 HUX HeceT Puc. 16.2. [eTepOreHHOCTb BTOPUYHBIX JIV30COM
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K/IaTPUHOBYIO 0607104Ky. bosee Toro, Bakyonu atoit nepudepudeckoit yactu AT taxoke
comepxar kncnyio gocdarasy. IIpocnexnBas mporjecc CuHTe3a U T0KaIM3alnio 3TOTO
depMeHTa B KJIeTKaX, ObUIO HAlJIEHO, YTO MECTOM €TI0 CHHTe3a, KaK U C/Ie[JoBaJIO OXKU-
JIaTb, ABJIACTCS I'PAHY/IAPHBIN PETUKYIYM, 3aTeM 3TOT (epMEHT MOAB/IACTCA B IPOKCH-
MaJIbHBIX y4aCTKaX AMKTHOCOM, @ IIOTOM — B MeJIKMX BaKyOJISIX IO mepudepun AuK-
TMOCOMBI 11, HAaKOHeLl, BBIAB/IAETCS B IEPBUYHBIX IM30COMax. Bech myTh o6pasoBanums
HEePBUYHBIX JIM30COM OYEeHb CXOfIeH C 00pa3oBaHNeM 3MIMOT€HOBBIX TPAaHY/I B KJIETKaX
HO/KETYTOYHOI >Ke/e3bl, 3a MCK/I0YeHIeM ITOC/IeJHero STala —BBIOpachIBaHUA U3
KJTeTKIL.

C OMOIIIbIO Psifja TOYHBIX 9KCIIEPMMEHTOB YCTAaHOBWIIN, YTO B [a/IbHEIIIeM IIepBUY-
Hble JIM30COMBI C/IMBAIOTCA C PAarOLUTAPHBIMY VWIM MMHOLMTO3HBIMM BAaKyOJISIMHU, 9H-
focoMamy, 06pasys BTOPMYHYIO TN30COMY VU BHYTPUKIETOYHYIO MUIEBAPUTEIIb-
HYI0 BaKyo/ib. [Ip1 9TOM cofiep)X1MOe TIepPBUYHOI TM30COMBI CTMBAETCS C MONOCTHIO
SHIOLMTO3HO BaKYOJIN, 1 TUAPOJIa3bl EPBIIHOI TM30COMBI ITOTY4YaIOT JOCTYII K Cy0-
cTparaM, KOTOpbIe OHV ¥ HAYMHAIOT PaCIeI/IATh.

[Tpyt CIMsTHUY TIePBUYHOT IM30COMBI C SHIOLMTO3HON BaKYOTIbIO IIPOMCXOANT [UCCO-
AL KOMITIEKCOB M-6-D-perjenTop-ruponasa, 13-3a KIC/I0i Cpefibl BHYTPY BTOPIY-
HOJT JIN30COMBIL. 3aTeM y>ke CBOOOLHBIIT pepMeHT mocye norepy GocaTHO IPYIIIbI aK-
TUBMPYETCS U BCTymaeT B pabory. OcBobOyBIIeCsS MeMOpaHHbIe PELeIITOPHI IIepexo-
AT B MeTIKVe ITy3bIPbKY, OTIIEIUIAOIINeCs OT BTOPUYHON M30COMBI, U YXOfAT CHOBA B
TpaHC-Y4acTOK amnmnapara [o/bmKy, T.e. IPOMCXOAUT UX PeLVKIN3as (cm. puc. 15.11).

PazHooOpasyue 10 BeM4MHe U MO CTPYKTYpe KIETOYHBIX IM30COM CBA3aHO B IIep-
BYIO O4epefib C pa3HOOOpasyieM BTOPUYHBIX IM30COM — IIPOYKTOB CIMAHUA SH/OLV-
TO3HBIX BaKyoJell ¢ MepBUYHBIMYU NM30COMaMy. TakuM o6pa3oM, BTOPUYHBIE JIM30-
COMBI TIPEfICTABIIAIOT CO00I He YTO MHOe, KaK BHYTPUK/IETOYHBIE INIIeBAPUTEIbHbIE
BaKyo/y, (PepMEHTBI KOTOPBIX JOCTAB/IEHbI C IOMOIbI0 MEIKVX MEPBIYHBIX IM30COM.
[TosToMy OT THIIa TOITIONIEHHBIX BEI[ECTB WM YaCTUYeK 3aBUCUT Pa3Mep 1 BHYTPEH-
HSIS1 CTPYKTYpPa TaKUX BTOPUYHBIX TN30COM.

JIN30COMBI MOTYT CIMBAThCA APYT C APYTOM M TAKMM ITyTeM YBEINYMUBATHCA B 00D-
eMe, IIPY STOM YCIOXKHAETCA MX BHYTPeHHAA CTPYKTypa. Cyzpba HOITOIeHHbIX 6110-
TeHHBIX BEI[eCTB, [IOMABIINX B COCTAB IM30COMBI, 3aK/II0YAETCS B MX PACIIEIUIEHNN TH-
[poIa3aMu O MOHOMEPOB U B TPAHCIIOPTE STUX MOHOMEPOB 4epe3 MeMOpaHy JIM30-
COMBI B COCTaB TMAJIOIIIa3MBl, IJie OHU PEYTUIM3UPYIOTCS, BKIIOYAIOTCA B Pa3/INIHbIE
CUHTeTHYecK1e 1 0OMEHHBIE IIPOLeCChL.

Kpome yuyacTus B mepeBapyBaHUy HOITIOLIEHHBIX YaCTHL] I PACTBOPOB IM30COMbI MO-
TYT UTPaTh PO/Ib BHY TPUKIETOYHBIX CTPYKTYP, YIACTBYIOLIMX B MSMEHEHNUM K/IETOYHBIX
HpofyKTOB. Tak, B KJIeTKaxX IUTOBUAHON skerne3bl B DIIP cunTe3mpyercs TMPOrIOOy/INH,
6eoK-IpeIIeCTBEHHNK TUPOUJHOTO ropMoHa. Tuporno6ymH ¢ nomompio Al BbIBO-
JITCSI 13 KJTeTOK B IOZIOCTH (OJUIMKYIIOB IUTOBY/THON >Kene3bl. I1py ropMOHaIbHOI CTH-
MY/ISILMY MOAVPOBAHHBII TUPOIIOOYIVH CHOBA NOMA/IAeT B SKENE3NUCTYIO KIETKY IIyTeM
NMHOIMTO3a. [IMHOLMTO3HBIE BaKyO/IM, COfiepyKalliyie TUPOITIOOY/INH, CIMBAIOTCA C TIep-
BUYHBIMI /IN30COMaMI, (hepMeHTbI KOTOPBIX BBI3BIBAIOT YaCTUYHBII TU/POIN3 TUPOI/IO-
OynHa, IPUBOAAIINIT K 00pasOBaHMUIO TUPOKCIHA — TUPOUFHOIO TOPMOHA, KOTOPBIIT 3a-
TeM BBIBOAMTCS U3 KJIETKM, CEKPETUPYETCs 1 NOalaeT B KPOBEHOCHOE PYCIO.
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OpHako paclielUieHue, IepeBapuBaHue OMOreHHBIX MaKPOMOJIEKY/I BHYTPU JIM30-
COM MOXXET UATHU B psAfie KIETOK He 1o KOHIa. B 3TOM ciydae B OTOCTAX TM30COM IIPO-
VICXOJUT HAKOIIJIEH) € HellepeBapeHHbIX IPOIYKTOB, IPONCXOANUT IIepeXo], BTOPMYHbIX
NM30COM B MeN0NU30COoMbL, UV ocmamourvle menvya. OCTaTOUHbIE Te/NblA yXKe CO-
fiepXKaT MeHbllle TMAPOIUTUIECKUX (EepMEHTOB, B HUX IPOMCXOANUT YIUVIOTHEHUE CO-
Iep>XXVIMOT0, €r0 IepecTporika. JacTo B OCTaTOYHBIX Te/IbllaX HAO/IIOAeTCsA BTOPMYHAS
CTPYKTypU3alusA HellepeBapeHHBIX UIN0B, KOTOPble 00pasyT CIOKHBIE CIIONCTHIE
CTPYKTYPpbl. TaM >ke IMPOMCXOAUT OT/IOXKeHNEe MUTMEHTHBIX BelllecTB. Y ue/ioBeKa Ipu
CTapeHUU OpraHyM3Ma B K/I€TKaX MO3Ia, IIeYeH! ¥ B MbILIEYHBIX BOIOKHAX B T€JIONN30-
COMax IPOUCXOAUT OTIOXKEHVEe «ITUTMEHTe CTapeHN» — INIOQyCLUNHA.

Aymonusocomvt (aymogazocomvt) TOCTOSHHO BCTPEYAIOTCSA B KIETKAX MIPOCTENIINX,
pacTeHuit 1 >KMBOTHBIX. [1o cBoett MOpgo/Iorny X OTHOCAT K BTOPUYHBIM TM30COMaM, HO
C TeM OT/INYNEM, YTO B COCTaBe ITUX BAKYOJIell BCTPeYaloTCs pparMeHThI NN [JaxKe Iie/Ible
LUTOIUIa3MaTNIecKye CTPYKTYPBbI, TaKle, KaK MUTOXOHIPUY, IIACTULbI, 37eMeHThl DI1P,
prbocoMBl, rpaHy/Ibl IIMKoreHa u T.4. IIporjecc o6pasoBanms ayTodarocom elie HefoCTa-
ToyHO sAceH. Ilo omHuMM mpep-
CTaBJIEHUAM, II€PBUYHbBIE JIN-
30COMBI MOTYT BBICTPaMBaTbCsA
BOKPYT KJIETOYHOJ OpraHeJIbl,
C/IUBATbCA APYT C APYTOM U Ta-
KM 00pa3oM OTHEJIAT ee OT CO-
CEHIX YYaCTKOB IIMTOI/Ia3MBbl:
Y4YacTOK OKa3bIBaeTCs OT/eNeH-
HBIM MeMOpaHOIl 1 3aKJII0YeH-
HBIM BHYTPM TaKOM CIOXKHOM
nm3ocoMsl (puc. 16.3).

Ectp npepnonoxenne, 4to
nporecc ayTodarounTosa CBsi-
3aH C OTOOPOM ¥ YHMYTOXe-
HIE€M M3MEHEHHDIX, «C/IOMaH-
HBIX» KJI€TOYHBIX KOMIIOHEH-
TOB. B 3TOM ciryyae mm30coMbl
BBIIIOJTHAIOT POJIb BHYTPUKJIE-
TOYHBIX YMCTU/IBIIMKOB, KOH-
TPOMUPYOIUX  fedeKTHbIE
cTpyKTypbl. Takoit aBTodarun
MIOJBEPTAIOTCA MUTOXOHJPUN
[Ie4eH!, Ifie BpeMs >KM3HU OT-
IeNbHOM MMTOXOHJPUM  CO-

Puc. 16.3. O6pa3oBaHMe NM30COM U MX Yy4yacTvie B KIETOUHbIX
npoLeccax:

. 1 — cuHTe3 rugponutuyecknx pepmertos B IMP; 2 — nepexop ux B AT;
crapyser 10 mHer. MHTepeCHO’ 3 — obpa3oBaHwe NepBUYHbIX TM30COM; 4 — BbIOPOC M UCMOMb30BaHMe
YTO B HOPMAa/JIbHBIX YCHOBUAX (5 rmaponas npu BHEKNETOUHOM pacLyensieHnu; 6 — 3HAOUNTO3HbIE Ba-
YUCITO aYTO(baFOCOM yBenu- Kyonu; 7 — C/MAHME C HUMMW NEePBUYHBIX NM30CcoM; 8 — obpa3oBaHue

BTOPWYHbIX IM30COM; 9 — TeNONN30COMbI; 10 — 3KCKPeLWA OCTaTOUHbIX
INBACTCA  IIpU MeTabomnde- Tenew; 11— nepBuYHbIE IM30COMbI MPUHUMALOT yyacTue B 06pa3oBaHNy

CKUX cTpeccax (Hampumep, asrodarocomsl (12)
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npn I‘OpMOHa}IbHOﬁ VHAYKOVN aKTUBHOCTU KI€TOK I'Ie‘-IEHI/I). 3HAYNUTETHHO BO3pacTaeT
qucio aYTO(l)aI‘OCOM IIpY pa3/INYHbIX IIOBPEXIAEHNMAX KIE€TOK; B 9TOM C/Iydae aBTO(l)aI‘O—
LOMTO3Y MOI'YT IIOABEPraTbCsA 1€/1bl€ 30HbI BHYTPH K/IIE€TOK.

2.JIn30coMHble naTonornuun

YBenm4eHye 9ncia IM30COM B KJIeTKaX IIPY ITATOTIOTMYeCKMX IpoljeccaX — 0ObIYHOe
siB/IeHMe. ITO HabMIOfeH e TIOCTY>KI/IO TTOSIBTIEHNIO TIPEACTABIEHUS O TOM, YTO JIU30-
COMBI MOTYT UI'PaTh aKTUBHYIO POJIb Ipy rubesm KneTok. OfHaKo B GO/NBIINHCTBE CITy-
JaeB CMEPTY KJICTKM He IIPefIIecTBOBAIO OCBOOOXK/jeHNe IUIposIa3 U3 mm3ocoM. boree
TOTO, JaXKe IIPY pa3pbiBe MEMOPaHBI TM30COMHbIE TH/IPO/Ia3bl JO/DKHBI TEPSITh CBOIO AK-
TUBHOCTb, [IOIaJlasl B LIUTOIUIA3MY C HellTpanbHbIM 3HadueHueM pH. @epmeHTHI 1130-
COM HECOMHEHHO YYacCTBYIOT B aBTO/IM3€e MOTMOLINX KIeTOK, HO CKOpee BCEro 3TO BTO-
pUYHOE ABJIEHME, A He TIPMYIHA TUOe/ cCaMUX KIeTOK.

Cy1uiecTByeT psifi BPOKIAEHHBIX 3a007I€BaHMI, KOTOPbIe Ha3bIBAIOT JIM30COMHBIMU
«607e3HAMN HAKOIUIeHNA». MHOrMe «60Ne3HN HAKOIUIEHVA» BO3HMKAIOT BC/IEICTBIE
HepPBUYHOI FeHHOV MY Tal[Uy, IPUBOAALIEI K IOTepe aKTUBHOCTY OTAEIbHBIX (pepMeH-
TOB, YYaCTBYIOLIMX B PyHKIVOHMPOBaHUY mn30coM. Ceildac, K COXKaJIeHWIO, M3BECTHO
ye 607mee 25 TaKMX reHeTMYeCKUX 3a00/IeBaHMIl, CBsI3aHHBIX C ITATOJIOTHEl IM30COM.

OT/INYnTeIBHBIM MPU3HAKOM 9TUX OOJIe3Hell SBJSIETC TO, YTO IOf, CBETOBBIM MM-
KPOCKOIIOM B KJIeTKaX HaO/II0aeTCsi MHOXKECTBO BaKyoJIell, HAIIO/IHEHHbBIX HellepeBa-
peHHbIMU cybcTparamu. Hanpuwmep, npu 6onesun ITomie mpoucXopuT HaKOIJIEHVE
[JIMKOTeHa B JIM30COMaX, I7le OH He PAaCLIeIUIIeTCs M3-3a OTCYTCTBUSA Y TAKMX OOMTBHBIX
(bepMeHTa KUCTIOI A-TTIMKO3W/a3bl.

Ipyrue ¢opMbl TM30COMHBIX 0OO/e3Hell HAKOIUIEHUS CBA3AHBI C OTCYTCTBMEM
WIY HEeaKTMBHOCTBIO JPYTMX JIM30COMHBIX (epMEHTOB, TakmxX Kak a-(ykosmpaasa,
a-ramakrosupasa (6onesup ®abpn), chbunrommenuumupgassol (6onesnp Humana-ITuka),
nepamupasbi(6onesup Papbepa) u MHorux apyrux. Ilpu 6omesun Teit—-Cakca nmuso-
COMBI IeNeNOTHATCA TaHrmo3nioM GM2 BeiefcTBIe OTCYTCTBUA (PepMeHTa TeKco-
aMuHMAA3kI, pacuiervisiioniero GM2. V3-3a 0TCYTCTBUS 9TOrO GpepMeHTa B IM30COMaX
3TOT TaHIVIMO3W/J, HAKAIUIMBAETCSl B HEPBHBIX KJIETKAX, YTO MPUBOAUT K TMbenu maiu-
€HTOB B JIeTCKOM BO3pacTe.

K mmu3ocoMHBIM 6071€3HAM OTHOCKUTCA T.H. i-K/IeTOYHasA 60/1e3Hb. Y TaKuX OOIbHBIX
B M30COMax puOpO6IACTOB OTCYTCTBYIOT IIOUTH BCE TUAPOIUTIYECKIe (PepPMEHTHI, a
COOTBETCTBYIOLINE HepaclljelIeHHble CyOCTpaThl HAKAIIMBAIOTCA B K/IETKAaX B BHUJIE
KPYIHBIX BK/Io4eHMiT. OKa3anoch, 4YT0, HECMOTPsI Ha OTCYTCTBYE TUPOJIa3 B JIM30CO-
Max, OH) BCe )K€ CUHTe3UPYIOTCA, HO CeKPETUPYIOTCA MPsAMO B KPOBb. DTa aHOMaINA
CBsI3aHa C TeM, YTO I'MAPOIa3bl He cofepxar M6d-mapkepa ns-3a orcyrcrusa GlcNac-
docdorpancdepassr B cis-otaene Al [Tostomy B Tpanc-cetu AT 9Tu ruaponassl He
COpOMPYIOTCS Ha COOTBETCTBYIOLIMX PELeNTOpax 1M FOCTABIAITCA HEe K JIM30COMaM,
a CeKPeTUPYIOTCS, BBIBOAATCS U3 KIETKIA.
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LNpyrne membpaHHble KOMNOHEHTbI
BaKyonAPHOU CNCTEMb

1. Tnagkun (arpaHynapHbIN) S3HAONNA3MATNYECKUN PETUKYNYM

Dnapkuit OIIP npepcraBisier co60il 4acTh MeMOPAaHHON BaKYO/ISPHON CUCTEMBI.
B MopdonornueckoM OTHOLIEHUM OH TAKXKe IIpefCcTaBlIeH MeMOpaHamu, oOpasylo-
VMY Me/IK/e BaKyonay U TPpyOKy, KaHa/Iblbl, KOTOPbIe MOTYT BETBUTHCSA, CIVBATHCA
APYT C ApyroM. B orimune ot rpanynspHoro Ha MeMOpaHax riaagkoro DIIP Het pubo-
coM (puc. 17.1). [lnuameTp Bakyoseit u KaHajblies rnagkoro IIIP 06braHo okomo 50-100
HM. BBIpa)KeHHOCTb CeTI 13 9TUX MEMOPaHHBIX 9/IEMEHTOB MOYXKET OBITh HEOQVIHAKOBOIA
KaK /Il pa3/INYHbIX KJIETOK, TAaK Y1 BHYTPY OfHOI KIeTKU. bobllieit 4acThIo TaKue I1aj-
KJie KaHa/IbIbl 00pa3yIoT CKOIUIEHNS, WM 30HBL. TakK, HalpuMep, B K/IeTKaX SMNUTes
KuireuHuka ragknit SI1P mokanmusyercs rIaBHBIM 00pa3oM B alMIKa/IbHOM, BEPXHe
YacTU KJIeTKY, BOIV3YU BCaChIBaIOIell IOBEPXHOCTI. B KileTKax meyeHy 30HbI I71a/JKOTO
OIIP gacTo cBA3aHBI ¢ MECTaMM OT/IOXKEHM IIMKOTeHa. BcTpedaroTcs K/IeTK, Ife TIaf-
kuit DIIP 3aHMMaeT 60/IBIIYIO YacTh 0ObeMa LIMTOIIA3MbI (HaIpuMep, B MHTEPCTUIIN-
aJIbHBIX KJIeTKaX ceMeHHMKa) (puc. 17.2).

HeopHOKpaTHO 6bl/1a yCTaHOB/IEHA HEIPEPBIBHOCTD HIEPeXOfia MEX/Y ITTAfiKoi pop-

moit DIIP u rpanyspHoit ero popmoit. YacTo MOXKHO HAO/IOfATh, KaK LMICTEPHA IPaHy-
nsapaoro JIIP Tepser Ha cBoelt

HOBEPXHOCTU PUOOCOMBI 1 CTa-
HOBUTCS «IMIafikoi» (puc. 17.3).
IIpy sTOM TaKOM y4acTOK LM-
CTEpHBI [e/NAeTCsl HEPOBHBIM,
Ha4y/MHaeT KaK OBl BETBUTHCH,
nepexoisi B TPYOOUKM U Ka-
Hamblbl rmagkoro JIIP. Otor
Y4YaCTOK 4acTO HA3bIBAKOT IIepe-
XOJHBIM I3-3a TOTO, YTO IMEHHO
3mech 00pasylTCsi U OTHens-
I0TCSl TPAHCIIOPTHbIE ITY3bIPbKI,
HepeHoCsAlie  HOBOCHHTE3U-
pOBaHHbIE O€MTKM M JIUIUABI K
30He ammapara lonpmpxu. Inmap-
kit OIIP BTOpyMuen mo oTHO-

ureHnio K rpanynapaomy SIIP,  pyc. 17.1. 30ma rmagkoro PETUKYNyMa B WUHTEPCTALMANbHBIX
IPOUCXONUT U3 TIOCTIEHETO. KneTkax cemeHHMKa
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Puc. 17.2. dnektpoHHO MuKpockonuye-  Puc. 17.3. Mepexop rpaHynapHoro SMP B ragkuil B neyeHou-
CKU CHUMOK rnaakoro JMMP B kneTkax Jleit-  HOM KneTke
Anra CeMeHHMKa

HecMorps Ha Tonorpagm4yecKyro CBA3b 1 OOITHOCTD IIPOMCXOX/IEHIS, 3THU JiBa IIPef-
craBurens JIIP pe3ko oTnmyaroTcsA Apyr OT Apyra B QYHKIMOHA/IbHOM OTHOLICHNN.
Kaxk y>ke ykaspIBasoch, OTCyTCTBME prb6ocoM Ha rmafkoM SIIP npsmo roBopur o ero He-
IPUYIACTHOCTH K CHHTe3Y 6eKoB. [JesaTenbHoCTb rmagkoro JIIP ckopee MOXHO CBA3aThb
C MeTabo/M3MOM IMINJ0B U HEKOTOPBIX BHY TPUK/IETOYHBIX ITOIVCAXaPUJIOB.

Yuactue rnapkoro SIIP B cuHTe3e TpUIINIIEPUIOB ¥ IMINO0B OBIIO OKA3aHO IIPU
M3y4eHMM IPOLeCCOB BCACBIBAHMSA KIPOB KIeTKAMI KUIIEYHOTO SIIUTEIV.

B mpocBeTe KuievHNKa SKMPBI PACIANAIOTCA 0 SKMPHBIX KUCTOT ¥ MOHOITIMLIEPU-
I0B. B anyKa/mbHBIX Y9aCTKaX KIETOK KMIIEYHMKA BUIHO TPV 3TOM HaKOIUIEHMEe OCMIO-
(UIBHBIX IpaHY/I BHYTPY IIPOCBETOB KaHa/bleB ragkoro JIIP. 9To cBA3aHo ¢ pecun-
TE30M HOBBIX TPUITIMLIEPUIOB M3 MOCTYNNUBIINX B KJIETKY IpefIeCTBEHHNKOB, C 00-
pasoBaHNeM JIMINJOB U JIUIONPOTEN/ 0B, KOTOPbIe C MIOMOIIbIO BaKyoJIell ammapara
Tonbxy BBIBOAATCA U3 KJIETOK U MOMAJAIOT B IMMaTHdecKoe pyco.

Imapxuit SIIP ocobeHHO B 60nbIIOM 06BEMe BCTpedaeTcsA B K/IETKaX, CEKPeTUPYIo-
HIMX CTEPOUADL, B TAKNX, KaK KJIeTKM KOPKOBOTO BellecTBa HafinouyeuyHnKa. OCHOBHbIE
(bepMeHTHI CrHTE3a CTepONIOB OB 0OHAPYKEHBI BO GPaKLMAX MUKPOCOM, 06paso-
BaBIIMXCA IIpM paspyueHun ragkoro JIIP n3 aTux kneTok. Imagkum peTukynymMom
6oraTel MHTEPCTUIMATbHbIE K/IETKY CeMEHHUKOB, YYaCTBYIOLINE B CUHTe3e CTepON-
HBIX TOPMOHOB, a TaK>Ke K/IeTKI Ca/IbHBIX XKeJle3 B CAMOM Hayajie HaKOIUIEHM JKIpa.

Tecnas Tonorpadpuyeckas ca3sb raagkoro SIIP ¢ oTno>keHMAMM IIMKoreHa (3amac-
HOTO BHYTPMKJIETOYHOTO IIO/IVICaXapy/ia KMBOTHBIX 1 TPMOOB) B I'Ma/IOIIIa3Me pasind-
HBIX KJIETOK [TOKa3bIBaeT Ha 3HAUEeHNe 9TOI CBA3M C MeTab0/NMN3MOM yITIeBOJOB. B kitet-
Kax Ie4eHM, B MbILIICYHBIX BOJIOKHAX ITIMKOT€H OTK/IA/IbIBAETCSA B 30HAX, CBOOOHBIX
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OT TpaHYAAPHBIX IVICTEPH
OIIP, HO O6oOraTbix ITy3bIpb-
KaMU I KaHa/IbI[aMJ I7IaJIKOTO
IIIP. Takme 30HBI TIIAJTKOTO
OIIP MOryT yBENMYMBATHCA
B pasMepe KaK IpU MCYE3HO-
BEHUN ITIMKOTeHa (Hampumep,
Ipy TONOJAHMM), TaK U TIPK
YBEMMYEHUN €T0 OTIOXKEHUI
(puc. 17.4,17.5).

B mnonepedHOmnomoOCaTHIX
MBILIIIAX BaKyoJayM M KaHaJlbl

rnagkoro DIIP (capkommasma-
TUYeCKUIT peTMKy)IyM) OKpY- Puc. 17.4. OtnoxeHue rnnkoreHa B 30oHe rnagkoro JMP renato-
unTa

YKAIOT KOKAYI0 MUOPUOpmmITy
(puc. 17.6). 3mecp IIIP BbI-
HOJIHACT CHeLVaNbHYI0 (QYHKLMIO TeNOHVPOBAHMSA MOHOB KajablysA. B mpucyrcrBun
AT® oH MOXXeT aKTVBHO IOITIOIIATh ¥ HAKAIUIMBATh VIOHBI KaJIbIVsA, YTO IPUBORUT
K pacciabieHnio MBIIIEYHOTO BOTOKHA. Be/IKy Ka/bIieBOro Hacoca sIBJAIOTCS MHTe-
Tpa/IbHBIMM Oe/IKaMJ CapKOIIa3MaTUYeCKOTO PETUKYTyMa.

B neuenn 4acTo yBenmueHue 30H rmagkoro OIIP cBsA3aHO ¢ pAKOM MaTONMOTMYeCKIX
IPOIIeCCOB B KiIeTKax. Tak, mpu 6apourypat-
HBIX OTPABJICHVSIX, IIPY JIeVICTBUY Pa3IIYHbIX
KaHIIEpPOTeHOB M/IY SANOBUTBIX BEIeCTB, IPU
IeiicTBUY OOIBIINX /{03 TOPMOHA/IBHBIX IIpe-
[IapaTOB K/ICTKY [IeYeH TePSIOT CBOIO XapaK-
TEPHYIO /IS HUX 6a30(VINIO IIMTOIIa3MBl, B
Hux nagaet copepxxanne PHK n nossnsaorca
B LUTOIUTa3Me OKCU(UIbHBIE 30HBI. B arex-
TPOHHOM MMKPOCKOIIE 3TV 30HBI IIPefCTaB-
neHbl cKortennsamu rmagkoro JDIIP, sto sB-
JIEHVe CBA3AHO C TeM, YTO B 9TUX MeCTaxX IPO-
VICXOJIAT IIPOLeCCh Aerpajjaliuyl pasIinyHbIX
BPEIHBIX BEIIeCTB, IPOLECCHl MeTabosye-
CKOJl [Ie3aKTUBALMU, KOTOpble OCYILIeCTBIIs-
IOTCSI L[eJIBIM PSIIOM OKUCTIUTENbHBIX (ep-
MEHTOB, M3 KOTOpBIX Hambosee M3BECTEH
6eoK, Ha3pIBaeMblil UTOXpoM P450. ITOT
6e/I0K yJacTByeT B IPUCOEAVHEHNN TUAPOK-
CUJIBHOJ TPYNIBI K Pa3INIHBIM, MTOTEHIIN-
QJIbHO OIIACHBIM BOJOHEPAaCTBOPVMBIM YTIJIe-

Puc. 17.5. 3oHa menkux Bakyonem rnagkoro
BOZLOPOAAM WA K IMIOQUIBHBIM AROBUTBIM  34160na3maTiueckoro PeTUKYNyMa 1 rpaHynbl

BeleCTBaM (HaanMep, t{eTI)IpeXXJ'IOpI/ICTI)U/uI rMNKOreHa B KneTke neyeHu mblllu:
yrnepon), IonajgarmomyumM B MeM6paHHbII7I B — Bakyonw; [ — rnvkoreH; M — mutoxoHapum
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Puc. 17.6. Mnagkuin IMP (capkonnasmaTuyeckiin) B CKeNETHbIX MblLLaX:

a — Ha cpese; 6 — mofienb; O — dnbpunnbl; M — mutoxoHapum; MM — nnasmatnyeckas membpaHa; T — Tpabekynap-
Hble MembpaHbl; CP — capkonnasmatnyecknii peTnkynym

6ucnoit. 3mech e pyrue pepMeHThI J0OAB/IAIOT K 9TUM I'MPOKCUIBHBIM IPYIIIaM OT-
PULIATE/IbHO 3apsDKEHHBbIE MOJEKY/BI (Cynbgart, IIIOKYPOHOBAs KIC/IOTA), YTO fie/laeT
MeTabOINTBI VIV BpeIHble TMIIO(QIIbHBIE BEllleCTBA PACTBOPYMBIMI B BOJIE, 113-3a 4€TO
OHM MOTYT BbIBOJAUTBCS I3 OpTaHM3Ma BMecTe ¢ Mo4oli. Paspocmmiica rnagknit SIIP B
KJIeTKaX II€YEeHM II0CIIe Y/la/leHuA TOKCMYECKOTO BEleCTBA YHUYTOXKAETCH, BEPOATHO,
C TIOMOIIIBIO TM30COM — aBTO(ArocoM.

2. lMepokcucombl (MukpotenbLa)

910 Hebonpume Bakyonmn (0,3-1,5 MKM), ofieTble OfMHAPHON MeMOpaHoil, OTrpa-
HIYVBAIOLIEN TPaHY/IAPHBII MaTPUKC, B LIEeHTPe KOTOPOTO PaclojiaraeTcs CepyilieBIHa,
WIN HyK1eous (HIYero He MMeIOMINIL 00IIero ¢ HyK/IeouoM 6aKkTepuii 1 BoO1Ie K Axep-
HBIM CTPYKTYpaM He OTHOcAmmiics) (puc. 17.7).
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B 30He cepAleBMHBI YacTO, OCOOEHHO B IIe-
POKCHCOMaxX IeYeHOUHBIX KIEeTOK, BUHBI KpU-
CTa/IONOROOHbIe CTPYKTYPBI, COCTOALINE U3 pe-
TY/IAPHO YIIaKOBaHHBIX GUOPWIUT WM TPYOOUeK.
V3onupoBaHHBIe CEPALIEBUHBI IIEPOKCUCOM CO-
fiepKaT GepMEHT ypaTOKCHa3y.

[TepokccoMbl  OOHApy>XeHbl y IIPOCTeil-
mux (amMeObl, TeTpaxyMMeHa), y HUSIINX TPUOOB
(EpOXOKM), Y BBICHIMX PAacTeHMIL. Y BBICIINX IIO-
3BOHOYHBIX JKVBOTHBIX OHU OOHAPY>KMBAIOTCS
IJIaBHBIM 00pa3oM B IleYeHM 1 TOYKax. B medenn
KPbIC Ha KJIETKY 4MCIIO IEPOKCICOM KomebmeTcs
ot 70 10 HeCKONbKMX coTeH. IIepoKcrcoMbl 4acTo
NoKanm3yoTca Bomisy Mmem6bpan SITP.

ITepoKCHCOMBI He VIMEIOT CBOErO IeHOMa, B
HJX HeT prb0OCOM, Bce Oe/IKI IIePOKCUCOM — He-
poxcunvt (6omee 50) CUHTe3MpPYIOTCA 3a CYeT
SIIEPHOTO TeHOMa Ha CBOOOMHBIX HOMMPU60CO-
Max B LIMTO30JI€ U UMIIOPTUPYIOTCS B IIEPOK-
CHCOMBI B BHJ€ TOTOBBIX Oe/nKOBbIX Ijemeit. Ile-

Puc. 17.7. MNepokcncoma B KNeTke neyeHn
POKCUCOMBI IIepBOHAYAIBHO OBIIM OIpEeNe/IeHbl (3, doTo bakeesoit J1.E.)

KaK OpTaHe//Ibl, KOTOPbI€ 3aIMIAIT KIETKU OT

OKJCIIUTENIbHBIX PeaKIMil, IPUBOAALINX K 00pa-

30BaHUIO MEPEKICU BOJOPOMa, OUYeHb BPENHOI IS KIeTOK. 3a cueT epMeHTa KaTa-
na3pl H,O, paspyiraercs 1o BOAbI MM OKNUCIAET JpyTie OpraHNYecKyie KOMIOHEHTDI:

2 H2OZ KaTajasa HZO + O2

H,0, + AH, "8 H 0 + A

B nepokcucomax npoucxoguT paspyuieHne, BOSHUKAKIIENH TP OKUC/IEHNN YPOHO-
BBIX KIC/IOT, aMMHOKHUC/IOT, ITyPUHOB, METAHO/IA, )XMPHBIX KUCIOT 1 fip. B mononnenne
K OKVC/IUTENbHBIM PEAKIVAM MEPOKCUCOMBI BOB/IEKAIOTCA B CUHTES TUIINUJOB, XO/IICTe-
PUHA, )KeTIHBIX KIC/IOT, HEKOTOPBIX hocommmuyos (1m1asmanorensr). OTHOCUTETBHO
reHe3JCca EPOKCUCOM CYIECTBYIOT IBe TOUKM 3peHus. 110 oHOI 13 HUX I1epOKCUCOMBI
OTHOCATCA K CaMOPEIIMIIMPYIOIMMCA OpraHe/laaM, HeCMOTPA Ha OTCYTCTBME B HUX
ITHK n 6enok-cuHTesupymomeii cucreMsl. 1o 9T0it Tumorese CymiecTBYIOT MeMOpaH-
HbIe TIpe-TIepOKCHCOMBI, IMEIoIe Ha CBOMX MeMOpaHaX peljenTOpHble OeKM, CBA3BI-
BaIOIyecs C MepOKCMHAMY, CUHTe3VPYeMbIMI Ha pubocoMax B 1uTo30me. JacTp Ite-
POKCIHOB BCTPAaMBAETCA B COCTAaB MEMOPAHBI TaK e, KaK ¥ IepPeHOCMbIe TUINbI, 4TO
IPVBOINT K YBEMYEHNUIO IIEPBIYHOI BaKyo/Iu IepOKCUCOMBl. OTHOBpeMeHHO OenKu-
NEPOKCUHbBI MaTPUKCA IIEPOKCHCOMBI, VIMEIOIIME CUTHA/IbHBIE IOCIENOBATENbHOCTI
Ha N- 1 C-KOoHIIaX 6€/KOBBIX MOJIEKYJI, IPOHMKAIOT BHYTpPb IepoKcucoMmsl. ITpu stom
06beM OpraHe/Ibl pacTeT. 3aTeM IPONCXOJUT JielleHNe, IepeIIHyPOBKa HePOKCUCOMBI
1 00pasyIoTCsI iBe HOBbIE JJouepHue opraHesuisl (puc. 17.8).
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Puc. 17.8. TeHe3nc nepokcuncom: 1-3 — pas-
JINYHbIE GENKU-NEPOKCUHDI

Ilo APYIMM IPpE€ACTaBACHNUAM, HEPBIYHbIM
VCTOYHMKOM MeMOpaH HEepPOKCUCOM SBJIAETCA
TPaHy/IAPHBIA SHOIIASMATUYECKUIT PETUKY-
nTyM. B oTpenpHBIX yyacTKax ero MeMOpaH Jo-
Ka/JIM3yI0TCA IepOKCUcoMHble 6enkn Pex 3 u
Pex 19, koTopble HEOOXOAVMBI /IS OTIIETIEHNA
HepBUYHOI BE3MKYJIbI ITepoKccoMbl. KoMInekce
Pex3/Pex 19 pmeiicTByeT Kak peLleNTOp /I UM-
IIOPTa JPYTUX NEePOKCUHOB. 3aTeM MMIIOPT 3TUX
0e/IKOB BMeCTe C IPOJO/DKAIIIMMIICA BKIIIOYe-
HIUAMY JTUIUZIOB BeJET K pOCTY IEPOKCUCOMBI 1
ee ienenHnto (pegymmmkanun) (cMm. puc. 17.8).

Hapymenua B uMnopre nepoKCMHOB MYyTa-
LMIOHHOTO XapaKTepa NPUBOAUT WIM K OTCYT-
CTBUIO psfia GepMEHTOB K MaTpUKCe HMepOKCHU-

coM, WM K O7I0Kafie MX MMIIOpTa BHYTpb opraHe/uibl. CyliecTByeT Hac/lefCTBeHHas 60-
ne3Hb — cuHApoM LenbBerepa, mpu KOTOpoit AepeKT UMIIOPTA HEPOKCUHOB IPUBOANUT
K MHAKTMBALMYU TIEPOKCUCOM. Y OOIBHBIX C «IIYCTHIMI» IIEPOKCHCOMAMMU BO3HMKAET
PAZ HapyIlIeHMiI K KJIeTKaX TOJIOBHOT'O MO3Ta, IIe4eH!, II0YKaX, YTO IPUBOAUT K CMEPTHI

BCKOp€ IIOCJIE€ POXKAEHNA.



Yactb IV
CUCTEMA SHEPTOOBECIMEYEHNA
KNIETOK

[ ocymecTBeHNA MOOBIX KI€TOYHBIX QYHKIUI HeOOXOAIMBI 3aTPAThl SHEPTUIL.
JKuBble opraHusMbl IOTY4YalOT ee, UCTIOIb3Ys BHEILIHIE MCTOYHNUKY, HAallpyMep Hep-
ruto COMHIIA, WM JKe S9HEPIMIO IIepeHOCa 9IeKTPOHOB IIPU OKUCTIEHUN PAa3INYHbIX Cy6-
cTparoB. B obonx cimyuasx kimetkn cuHTe3upytor Monekynbl AT® (ageHosuHTpudoOC-
¢dat), Hekas pa3MeHHas «TOIUIMBHAsI» eNVHNLIA, 00/Iaaolas BbICOKOHEPreTUIeCKUMU
dochaTHBIMU CBSA3AMU, IPY Pa3pyLIEHNN KOTOPBIX BbIIe/NseMasi SHEPIVsl MOXKeT Tpa-
TUTbHCS Ha /MI00bIe K/IeTOUHble (PYHKLMNU: Ha aKTUBHBIN TPAHCIOPT BEI[eCTB, HA CUHTe-
TUYECKIe IIPOLeCChl, Ha MeXaHNYIeCKyIo paboTy u T.4. (puc. 18.1). B keTkax >KMBOTHBIX
cuuTe3 AT® ocyriecTBsieTCs CrelMaNTbHBIMI OpTaHe/IaMyi — MUTOXOHAPUSAMU. Mu-
TOXOHZIPUM — JIByMeMOpaHHbIe OPTaHON/Ibl 9YKaPMOTUIECKIX KIIETOK.

MMTOXOHAPUM OTAENIEHBI OT LIUTOIUIA3MbI (TMalOIIa3Mbl) ABYMs MeMOpaHaMu —
BHEIITHell 1 BHyTpeHHell. [109ToMy Y MUTOXOH/IpMIT pa3M4aoT ABe IIOJIOCTH VU TIPO-
CTpAHCTBA: OJHY MEX/Ty BHEIIIHelT M BHYTpeHHeil MeMOpaHamu (MeXXMeOpaHHbIe) U Ipy-
TYI0, OCHOBHYIO (MaTpPUKC), OTpaHNYEHHYIO BHYTpeHHell MeMOpaHoii. [Ipyroit o6ieit
4epToil B MX CTPOEHWM ABJIAETCSA TO, YTO BHYTPeHH:A MeMOpaHa o0pasyeT CKIafKMU,
MeIIKY, Ipe6HM, [TTyOOKMe BIIAYMBAHIA, HAIIPaB/IeHHble BHYTPb MaTpukca. Ha Taknx
MeMOpaHHBIX I'PeOHSAX M BITYMBAHUAX JIOKA/IU3YIOTCS AKTUMBHBIE MeTabo/mmdecKie
[[EHTPBI 3TUX OPraHenT — MoMudepMeHTHbIE KOMITTIEKCHI, OTPEENAIONe BbITIOTHE-
HIle OCHOBHBIX (pmamonormdecknx QyHKuuii (okucaurenbHoe ¢ochopunnpoBaHue).
B MaTpuKce pacronaraloTcs 9leMeHTbl aBTOPEIPOAYKINY MATOXOHAPUIL U JIOKA/IN30-
BaHBI pepMEHTbI HEKOTOPbIX MeTab0/IuecKuX IporeccoB. CucTeMa aBTOPEIPOAYKIMI
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0=p-0- ﬁ 0~P-0- CH, \N/C\
(l

ooo\/\/

Tpudocoar
4 \

{
H 70 s Pu6o3a
| 3 -

A~E-C-F mm I

Puc. 18.1. AgeHosuHTpudocdar
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npepcrasiena JHK, PHK n pu6ocomamn, KoTOpble MOTYT OIIpefie/iiTh YacTh TeHeTIde-
CKVIX, aBTOHOMHBIX CBOVICTB 9TUX CTPYKTYP.

[maBHBIMU (PYHKUIVMOHA/TBHBIMU HArpy3KaMJ MUTOXOHAPUII ABIAIOTCA IPOLECCHI
9HEPreTHYEeCKOro XapaKTepa, IPUBOJILIE K CUHTe3y Clieln(UUecKuX MOJEKYI ajie-
HosuHTpudochara (ATD), ABIAOIMXCSA TOHOPAMY SHEPTUM [T MHOOBIX KI€TOIHBIX
MIPOLIECCOB.

B mutoxonapusx AT® cunHTesupyeTcsi OZHUM U TeM >Ke CHOCOO0M: C IIOMOILIbIO
9HEPIUY, OT/JaBaeMOI 9/IEKTPOHAMM IIPY IIPOABVKEHUY UX 110 3JIEKTPOHHOTPAHCIIOPT-
HOII Lleny 6€/IKOB BHYTPeHHell MeMOpaHbl, IIPOUCXOAUT MIePeHOC, «IepeKayka» IIPOTOo-
HOB C BHYTpPeHHeIl CTOPOHBI MeMOpaHbI Ha BHELIHIOW. BcreicTBIe 9TOro BO3HMKAeT
9NIEKTPOXMMIYECKNI IPOTOHHBIN T'PAMEHT, SHEPTUsl KOTOPOTO € IOMOLIBI0 APYTUX
6e/1KoB UCIonb3yeTcs st cuHTe3a ATD.



naBa 18

MuToxoHapun —
CTpOeHue N GyHKLMN

MuTOXOHApUM KaK OpraHe/Ibl cuHTe3a AT® xapakTepHBI, 32 MaJIbIM UCK/TIOUEHNEM,
VISl BCEX 9YKapMOTUYECKMX K/IETOK KakK ayToTpodHbIX (poTOCHHTEe3MpyoLIMe pacTe-
HIIA), TaK U reTepoTPOdHBIX (XKMBOTHBIE, TPUObI) OPraHN3MOB. VIX 0ocHOBHAsA QYyHKIA
CBs3aHA C OKMC/IEHJMEM OPTaHMYeCKUX COefVHEHMII U MCIIOb30BaHUU OCBOOOXKHIAI0-
IeVICS TIPY paclaje 3TUX CoeAMHeHiT SHepruy B cuHTe3e MoneKyn AT®. [Toaromy mu-
TOXOHJZIPUM YacTO HAa3bIBAIOT SHEPIeTMYECKMMI CTAaHLIMAMY KIIETKI.

1. 06wasa mopdonorus

Mutoxouapuu unu xoHzapuocomsl (Mesec, 1910) (ot rpeu. mitos — HUTb, chon-
drion — 3epHBIIIKO, Soma — Tefblie) IPeCTABIAIT COO0 IPaHy/IsIpHbIE WIN HUTe-
BUJIHBIE OpTaHe/Ibl, IIPUCYTCTBYIOIIME B IIUTOIIa3Me IPOCTENIINX, PAaCTeHMIT W XKI-
BOTHBIX (puc. 18.2). MUTOXOHAPMM MOXXHO HAaOTIOATh B )KMBBIX K/I€TKaX, TAK KaK OHU
001a1al0T JOCTATOYHO BBICOKOJ OITUYECKON IVIOTHOCTHIO. B >KMBBIX KJIETKaX MUTO-
XOHIPUM MOTYT ABUIAThCS, lIepeMelaThCsl, CIUBAThCS APYT ¢ ApyroM. OcobeHHO XO-
POIIIO MUTOXOHAPUM BBISBIIAIOTCA Ha MpenapaTax, OKpalleHHbIX Pa3TUIHbIMK CIIOCO-
6amy mocsie ocMmeBol (UKcALUy, KOTOpas XOpomo crabmmsnpyer numuasl. Ham-
6o0ree MIMPOKO PAaCIpPOCTPaHEH METOJ OKPAcKM 10 AJIbTMaHy, KOTOPBI OMMCAT 9TU
K/IETOYHbIE OPTaHEIbI B KOHIIE MTO3AMPOIIIIOTO BeKa, Ha3bIBast NX «6mobmacTaMim».

Puc. 18.2. Pa3Hoobpasue
MUTOXOHAPUIA B KNeTKax
K/WeYHNKa narywku (a),
renatouuTax 3apopbllia
CBVHbY (6)
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Pasmepbl MUTOXOHZIpUII OYeHb HENOCTOSIHHBI Y PasHBIX BUJIOB, TaK K€ KakK M3-
MeHuYnBa MX ¢popma (cM. puc. 18.2). Bee sxe y 601bIIMHCTBA KIETOK TOJIIMHA 3TUX
CTPYKTYpP OTHOCUTE/IBHO IOCTOsIHHA (0K01o 0,5 MKM), a JyIiHa KojebeTcs, JOCTu-
ras y HUT4ateix popm go 7-60 Mmxm. Hazo ckasaTh, 4TO uM3ydeHye BeTMINMHBI MUTO-
XOHJIpUII — He IPOCToe Jie/io. B cBeTOBOM MUKPOCKOIIe Ha OKpPAILIEHHBIX IIpenapa-
TaX He BCerja MO>KHO IIPOC/IEUTD 3a pea/IbHbIMM pa3MepaMy MUTOXOHApuit. V3yyas
MUTOXOH/IPUM B 9JIEKTPOHHOM MMKPOCKOIIe Ha Y/IbTPATOHKUX Cpe3ax, TPYAHO pe-
AT BONPOC 00 MCTUHHOI J/IIHE MUTOXOHZIPUIL, TaK KaK Ha Cpe3 MOMaaeT TOIbKO
He3HAuUTebHBII 00beM JJaHHOI MUTOXOHApuUM. bosee Toro, Ha cpese ofHa U3BMU-
Tasi MUTOXOH/IPMSI MOXKeT OBITh IpefCTaB/IeHa HeCKOIbKUMU cedeHusmu (3-5), un
TOIBKO IIPOCTPAHCTBEHHAsI TPeXMepHas PEeKOHCTPYKIWs, IOCTPOeHHasi Ha M3yde-
HUU CEPUITHBIX CPe30B, MOXET PeLIUTbh BOIPOC, UMeeM /1M MBI JieJio C 3—6 OTHeNb-
HBIMI MUTOXOHJIPMSAMU VIIU Ke C OIHOJ M3OTHYTOI M/IN pPa3BeTBIEHHOI. Bbijenen-
Hble MUTOXOH/JPUU OOBIYHO MOBPEXAAITCA U GParMeHTUPYIOTCS, YTO TaKXKe Orpa-
HIYMBAeT MCIIO/Ib30BaHe 9TOT0 METO/IA /IS pellleHNs BOIIPOCa O BeMMUYMHe U 91CIe
MUTOXOHJPUIL.

JIMHHBIe BETBAIIMECS MUTOXOH/PUY OBIIM ONMMCAHBI B KJI€TKAaX KY/IbTYPbl TKaHU
MJIEKOIIUTAOLINX, B K/IeTKaX MHOTMX PacTeHMiI KaK B HOPMa/IbHbBIX, TaK U B aHadpoO-
HBIX YC/IOBMAX. B mocenHee Bpems crai mm-
POKO IPUMEHATBbCS IS U3Y4YEeHUS CBOVICTB
MUTOXOHAPUI GITyopOXpoM pofaMuH. ITOT
KpacuTenb 007aaeT CIIOCOOHOCTBIO JIIOMU-
HUCIIVIPOBATh B (VO/IETOBOM CBeTe, €C/IU OH
CBA3BIBAETCSL ¢ MeMOpaHaMy aKTMBHBIX MIU-
TOXOHApWIL. IIpy 9TOM B TIOMMUHUCLIEHTHOM
MUKpPOCKOIIe BUJHA efuHas MUTOXOHJpPU-
aJIbHBS CUCTeMa — MMUTOXOHJPUAJIbHBIN pe-
TUKyTyM (puc. 18.3).

OO6pr4HbIe JKe TTOICYEThI TOKA3BIBAIOT, YTO
Ha TE€YeHOYHYI0 K/IETKY IPUXOAUTCS OKOJIO
200 MuToxoHApmit. ITO cocTaBIAeT 60-
nee 20% oT 0611ero o6’beMa LUTOIIA3MbI I
0K0110 30-35% OoT 0011ero KonmuecTna OenKa
B KJeTKe. [Inomagp MOBEpXHOCTI BCEX MMU-
TOXOHJIpUII IT€YEHOYHON KIEeTKM B 4-5 pas
Oorblile MMOBEPXHOCTU ee IIIa3MaTIYeCcKOl
MeMOpaHbl. Bosbllle Bcero MUTOXOHAPUIT B
oonurax (oxono 300000).

Jlokanusanus MUTOXOHAPUM B KJIETKAaxX
MOXXeT ObITh pasnuuHoi. HacTo mx pacro-
No>KeHMe 0O0yCIOB/IeHO Tomorpadueit LuTo-
I/Ia3MaTUYeCKUX CTPYKTYpP M BK/IIOUEHMIL.
B kjeTkax smuTenmsA IOYEYHBIX KaHaJIb-

Puc. 18.3. Onyopecunmpytolme MUTOXOHAPUN
B KJIeTKe Ky/IbTypbl NP OKPacke POAaMUHOM:

fl — appo; M — muToxoHapum; A— $a3oBblii KOH-
TpacT; b— NPUXN3HEHHAA OKpPacKa TeX e MUTOXOH-
Apwit pogammHom 123 1eB MUTOXOHJPUM OPUEHTUPOBAHBI BIOJIb
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Punc. 18.4. MI/ITOXOanI/IaJ'IbeIIh peTnkynym B 6a3aibHOI YacTy KNeTKU U3BUTOTO KaHasbla NoYKun KpbiCbl:

a — Ha cpe3e; 6 — TpexmepHas PeKOHCTPyKLus

IPOJOIBHOI OCY K/IETKM. DTO CBSI3QHO C T€M, YTO OHM PACIONATAIOTCA MEX[Y IIy-
OOKVMMU BIITYMBAHUAMIY IIa3MAaTHYECKON MeMOpaHbl B 6a3ambHOI 00IaCTU KIETOK
(puc. 18.4).

O6bI‘IHO MUTOXOHAPUM CKaIlJINBAIOTCA B6HI/I3I/I TEX y‘IaCTKOB OUTOII/Ia3Mbl, IJe
BO3HMKaeT NoTpe6HOCTh B AT®, 06pasyoleiicss B MUTOXOHAPUAX. Tak, B CKeJIeTHBIX
MBIIIIIAaX MUTOXOH/IPUYU Haxo#ATcs BOMsu mMmodubpumir. B cnepmatosompax mMuto-
XOHApUM 00Pa3yIT CIMpanbHbI QYT/IIp BOKPYT OCU >KIYTUKA; 9TO CBSA3AHO C HEOO-
XOIMMOCTBIO Mcrionb3oBanus AT® s ABMOKEHNUsS XBOCTA CIiepMaro3ona. B gpyrux
KJIeTKaX, CHA0)KeHHDbIX peCHIYKaMU, MUTOXOHAPUH JIOKAIM3YIOTCSI HEIIOCPeACTBEHHO
I0f] K/IETOYHOJ MeMOPaHOI1 y OCHOBaHMsI peCHIYEK, 11 pabOThI KOTOPBIX HEOOXOAUM
AT®. B akcoHaX HEpPBHBIX KJIETOK MUTOXOH/PUY PACIIONATAI0TCSA OKOJIO CUHAIICOB, ITie
IPOVCXOAUT IIPOLIECC Hepefadyt HePBHOTO UMITY/IbCa. B CeKpeTOPHBIX K/IeTKaX, KOTO-
pble CHHTE3UPYIOT OO/bINe KOIMIeCTBA 6€IKOB, MUTOXOHPUM TECHO CBSI3aHBI C 30-
HaMJ 9pracTOIIa3Mbl; BEpOATHO, OHY IOCTaB/AT AT® [y11 akTMBanMy aMUHOKICIIOT
" cuHTe3a Oenka Ha pubOCOMax.

2. YnbTpacTpyKTypa MUTOXOHAPUN

MUTOXOHAPUM HE3aBUCUMO OT MX BEIMYMHBI MM (POPMBI MMEIOT YHUBEPCATbHOE
CTpOEHMNeE, UX YIBTPACTPYKTYpa OfHOOOpasHa. MUTOXOHAPUY OrpaHIYEHBI JBYMSI MEM-
6panamu (puc. 18.5). HapyxHssa MUTOXOHZIpMaIbHas MeMOpaHa OT/e/sIeT ee OT TUao-
r1asMbl. OOGBIYHO OHA MIMeeT POBHbIE KOHTYPBI, He 00pasyeT BILSTYMBAHMUIL MM CKITaTOK.
Ha Hee mpuxomutcsi 0komo 7% OT IUIOafu BCeX KAeTOYHbIX MeMOpaH. Ee Tommmua
OKOJIO 7 HM, OHa He ObIBAET CBsA3aHA HU C KAKMMU [PYTUMI MeMOpaHaMI LM TOIIa3MbI



Yacme IV. CUCTEMA SHEPTOOBECTIEYEHNA KJTETOK

¥ 3aMKHyTa caMa Ha ce0sl, Tak
4TO IPECTaB/AT COO0I MeM-
OpaHnHbIT Memok. HapyskHioto
MeMOpaHy OT BHYTPEHHEN OT-
fienAeT MeXXMeMOpaHHOe IIpo-
CTPAaHCTBO ILIVPUHON OKOJIO

Puc. 18.5. Cxema obuiel opraHu3aLmy MUTOXOHLPUK:

10-20 BM. BHyTpeHHAA MeM-
1 — BHeLHAA MeMbpaHa; 2 — BHYTPeHHAA MeMbpaHa; 3 — BNAYMBaHWA 6 ( . 7 )
BHYTPEHHe MemMbpaHbl — KpUCTbl; 4 — MecTa BRAYNBaHWIA, BUA C no- paHa (TOMIIVHON OKOJIO / HM
BEPXHOCTU BHYTPEHHEN MemMOpaHbl OTpaHUNYMBAET coOCTBEHHO

BHYTPEHHEE COJEPKMMOE MIU-
TOXOHZPUM, €€ MAMPUKC U Mumonaasmy. XapakTepHas depTa BHYTPEHHEN MeM-
OpaHbl MUTOXOHAPUI — CIOCOOHOCTb 0OPAa30BBIBATH MHOTOYMC/ICHHBIE BIISTYMBAHS
BHYTPb MUTOXOHZpUIL. Takye BIAYMBaHNUA Yallle BCETO VIMEIOT BUJ HAOCKUX 2pebHeil,
wm kpucm (puc. 18.6, 18.7).

O611as MOBEpXHOCTDb BHY TPEHHel MeMOpaHbl MUTOXOH/PIY B IIE4€HOYHOT K/IeTKe CO-
CTaBJIAeT IIPYIMEPHO TPETh IIOBEPXHOCTHU BCeX KJIETOYHBIX MeMOpaH. MUTOXOHApUM KIle-
TOK Cep/IeYHOJI MBIIIIIBI COIeP>KaT BTPOe OOJIbIIIe KPYCT, YeM ITe4eHOYHbIe MUTOXOHIPINL.
9TO MOXeT OTpaXaTb pas/mnunsA B (PyHKIMOHATBHBIX HaTPy3KaX MUTOXOHZIPUII Pa3HBIX
KJIeTOK. PaccTosiHue MeX /[y MeMOpaHaMyl B KPICTe COCTaB/IsAeT OKoo 10-20 HM.

MuToXoHapUaIbHbIe KPYUCTBI, OTXOASAIIVE OT BHY TPEHHEN MeMOpaHBbI M TPOCTHPAI0-
myecs B CTOPOHY MaTPUKCa, OOBIYHO He IOTTHOCTBIO NePeropaXMBai0T MOJIOCTb MIUTO-
XOHZIpUM, He HAPYIIAIOT HEITPEPBIBHOCTY 3aIIONMHAIOILIETO €€ MaTPUKCA.

Puc. 18.6. .M. MUTOXOHAPUIA Ha cpese Puc. 18.7. MUTOXoHAPUA B KNETKAX NeyeHun, BuaHa bucnom-
KNEeTKN NeyeHu: HOCTb MembpaH (poTo bakeesoi J1.E.)

]— BHELHAA U BHYTPEHHAA MembpaHbl; 2 —
Kpuctbl; 3 — MNP
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OpueHTanys KpUCT IO OTHOLIEHVIO K JAITHHOI OCU
MUTOXOH/JPUY Pas3lINdHa i1 Pa3HbIX KIeTOK. Tak, Mo-
XeT OBbITD IepIeHVKY/IIpHas OpyeHTays (KIeTKM IIe-
YeHMU, IIOYeK) KPUCT; B HEKOTOPBIX KJeTKax (cepmed-
Hasi MBIIIIA) HAOJTI0aeTCs IIPOJOIbHOE PACIIOIOXKeHe
KpMCT. YacTO KPUCTBI MOTYT BeTBUTHCS MM 0OPa30BBI-
BaTb ITa/IbLIeBU/IHBIE OTPOCTKY, U3TUOATHCA U He IMETD
BBIpa>KeHHOIT opyeHTanuu (puc. 18.8).

MatTpukc MUTOXOHAPUI UMeeT TOHKO3EPHUCTOE TO-
MOTeHHOE CTPOeHNe, B HeM VIHOTTIA BBIAB/IAIOTCA TOHKIE
cobpaHHble B KITYOOK HUTU (OKOIO 2-3 HM) 1 IPaHy/IbI
okoso 15-20 M. Temeps cTano U3BECTHO, YTO HUTYU Ma-
TPUKCA MUTOXOH/IPUIL IIPEICTAB/IAIOT COOO0 MOJIEKY/IbI
I HK B cocTaBe MUTOXOH/;pMA/IbHOTO HYK/IEON/A, @ METI- 4 — nRaCTAMUATHE nEperopomki
KIie TPaHy/Ibl — MUTOXOHJIPUATIbHble PUOOCOMBL. KPOMe  o6crpento kpuctsl (nevens); 6 —
TOTO, B MaTpMKCe BCTpedaroTcs KpymHble (20-40 HM)  TpyGuaTbie KpucTbl
IUIOTHBIE TPAHY/IbL, 3TO — MeCTa OT/IOXKeHMs COJIeil Mar-

HVS Y KQJIbIIVAL

Puc. 18.8. BapmaHTbl cTpoeHus
KPWCT MUTOXOHAPWIA:

3. OyHKLMM MUTOXOHAPUIA

MuToxoHApun ocymecTBaAT cuHTed AT®, mpoucxopAuuit B pesynbraTe mpolec-
COB OKMCJIEHUA OpraHndYecKux cybcrpatoB u dochopmmmpoanns AID. B kmeTkax
IIPOIIeCChI OKVIC/IEHNA U BBIIE/IEHNA SHEPTUY, OCBOOOXKIAIONINECS B Pe3y/IbTaTe 3TOr0
IIpoLecca, MPOXOAAT B HECKOJIBKO B3aIMOCBA3aHHbBIX 3TaroB. [Ipy 3ToM B KadyecTBe Ha-
YaJIbHBIX CYOCTPATOB MCIO/NB3YIOTCA PAa3/IYHble YIIEBOJBI, YKMPHBIE KIMC/IOTHI, aMIHO-
KkucnotTsl (puc. 18.9). IlepBble aTambl OKMCIeHNA IPUBOAAT KpoMe obpasoBanusa ATO k
MOSIBJIEHNIO IIPOMEXYTOUHBIX IIPOAYKTOB, KOHEUHOE OKJC/IEHNE KOTOPbIX B MUTOXOH-
OPpUAX JaeT BO3SMOXXHOCTD KJIETKE MCII0/Ib30BaTh 3TOT IIPOLIECC [JI CUHTE3a OCHOBHOTO
konu4yectsa ATO.

HavabHbIe STaIbl OKMCTIEHNA YI/IEBOMIOB IIPOMCXOMAT B I'MA/IOIIIa3Me U He TpeOyIoT
y4acTus Kucinopopa. I1o0aToMy oHU Ha3bIBAIOTCS AHAIPOOHBIM OKUCTIEHUEM, VIV 2/TUKO-
nu3om. ITaBHBIM Cy6CTpaTOM OKVIC/IEHMS IIPU aHA9POOHOM ITOTyYeHU SHEPIUN CIIy-
JKaT TeKCO3bl M B IIePBYI0 Oo4Yepefib IMI0K03a. B IIIoK03e KONMMYecTBO MOTEHLIMAIbHOM
9HEPIUM, 3aK/ITI0YEeHHOM B cBA3AX Mexxay aTomamu C, H n O, coctaBnseT okomo 680 Kka
Ha 1 Monb (T.e. Ha 180 T IIFOKO3BI); 3Ta SHEPTUSI OCBOOOXKIAAETCS IIPU [IOTTHOM OKMCIIe-
HIU T/IIOKO3bI COITIACHO C/IeAlyIolIell peaKkIuu:

CH,0+ 60,-> 6H,0 + 6CO, + 680 kka.
B XuBOIt K/eTKe 3TO OTPOMHOE KOMMYECTBO IHEPTUU He OCBOOOXKAAETCS OHO-

BPEMEHHO, KaK IpM ropeHyn B mwiaMeHn. OcBoOOX/jeHIe S9HEPIUN UAET B BUJE CTY-
MIeHYaTOTO IPOIIeCCa, YIPAB/IAEMOro Le/IbIM PALOM OKMCIUTENTbHBIX (GepMEHTOB, I He
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MupHble
Mvpysat KNCNOTbI
BHyTpeHHsAA
MembpaHa
Hapy»Hasa
v v _— MembpaHa
MupyBaT  MuUpHbIe KNCNOTbI
Auetun CoA
Linkn
NIVIMOHHOMN Cco, » CO,
KNCNOTbl
ADP ADP
+ - +
0, =] 0, P, Py
NADH
ATP > ATP
H,O *
o
LA LA ,

Llenb
nepeHoca
3M1eKTPOHOB

Puc. 18.9. Cxema LMKna TpKapOOHOBbIX KUCNIOT 1 OKUCAnUTeNbHOro dochopunuporanus (no Anbbeptc b.
n gp., 1994)

CBSI3aHO C II€PEeXOJ0M SHEepIuy XMMUYECKONl CBA3M B TEIUIO, KaK IIpY TOpeHU, a ¢ IIe-
pexofioM ee B MaKpOIHepreTUIecKyo cBA3b B MoneKyne AT®, koTopas cuHTesupyercs
MPY UCTIONIB30BaHUM 0CBOOOXKatomiericst sueprun u3 AII® u dbocdara.

B mpoecce rmkonm3a MpoMCXOAUT HETIOJTHOE OKICIeHNe CyOcTpara. B pesynbrare
IJIMKO/IN3A I/I0KO3a paclafiaeTcs o TPUO3, IpU 3TOM TparATcs 2 Monekynsl ATO u
cuHTe3upytoTcs 4 Monekynsl AT®. Tak 4To B KOHEYHOM pe3y/bTrare KIeTKa «3apaba-
TbIBaeT» Bcero 2 Monekynsl AT®. B sHepreTnyeckoM OTHOLIEHMM 3TOT IIPOLecc Ma-
n03¢deKTnBeH, N03TOMY 13 680 KKaJl, 3aK/I0YAIOINXCA B CBA3AX 1 MOJA ITTIIOKO3BI,
ocBoboxmaeTcss MeHee 10% sHeprum. HecMOTpst Ha HUSKUIT S9HEPreTUYECKUIT BBIXOJ,
aHaspOOHOE OKMCIIeHMe, IIMKO/MN3, MIMPOKO UCHOMb3YeTCA B >KUBOI npupope. OH AB-
JISIeTCs1 OCHOBHBIM ITOCTAB/IAIOIIUM SHEPIHIO IPOLeCCOM A/ MHOTMX MUKPOOpPTaHM3-
MOB, HEKOTOPBIX KUIIEYHBIX IAPA3UTUYECKIX aHA9POOHBIX MPOCTENIINX, I KJIeTOK
BBICHIMX OPTaHM3MOB Ha PaHHMX CTAMAX 3MOPMOHA/IBHOTO PAa3BUTUSA, /I MHOTVX
OITyXOJIEeBBbIX K/IETOK, /I KJIETOK KYJIbTYPbl TKaHU U Ap. DPUTPOLUTHI MIEKOIUTAI0-
VX, HalIpyMep, MOMTy4YaoT BCI0 HEOOXOAUMYIO VIM SHEPIHUIO 3a CYeT ITIMKOMN3a, TaK
KaK Y HUX HeT MUTOXOHZPUIL.

O6pasoBaBIunecs B pe3y/nbTaTe IJIMKO/N3a TPUO3DL, ¥ B IIEPBYI0 OYepeb IMPOBIHO-
rpafHas KUC/IOTa, BOB/IEKAIOTCA B laIbHellllIee OKUC/IeH e, IPOUCXOAlIee YKe B CaMUX
MUTOXOHAPUAX. IIpy 9TOM IpOMCXOAUT MCIIONIb30BaHNe SHEPIUM PaclleIIeHIs BCex
XUMWYECKMX CBsA3€Il, YTO MPUBOAUT K BbifienieHnio CO, K MoTpebrIeHnio KNcaopoaa u
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cnHTe3y 6ombinoro kommdecTsa AT® — okono 10 MoeKyn Ha K/IeTKy. OTU IpOLecCh
CBSI3aHBI C OKUC/IUTEIBHBIM IIVIK/IOM TPUKApOOHOBBIX KUCTIOT U C ABIXaTeIbHOI IIeTIbIO
IepeHoca 9JIEKTPOHOB, Ifie mpoucxoaut ¢pochopummposanre AP u cuHTe3 KIeTod-
HOTO «TOIIMBa», Monekyn AT® (cm. puc. 18.9).

B nuxie Tpukap6onHoBbIX KycnoT (1ukn Kpe6ca, iy LMK TMMOHHON KVIC/TOTBI)
06pa3oBaBIINIICA B pe3y/nbTaTe I/IMKOMN3a MMPYBaT CHayasna TepseT Monekyny CO,u,
OKICIAACD [0 anlerara (JBYyITIepOJHOE COeAVMHEHNe), COeAMHACTCS ¢ KopepMeHTOM A.
3aTeM aleTMIKOIH3UM A, COeIMHAACH C OKCAIaleTaTOM (YeThIpeXyI/TepOIHOe COeMy-
HeHue), 00pasyeT MIeCTUYINIePOAHbI NUTPAT (IMMOHHYIO KUCIOTY). 3aTeM IpOMCXO-
IUT UMK/ OKUCIEHNA 9TOTO HIECTUYTTIEPOHOTO COENVHEHMNA IO YEThIPEXYTNIEPOHOTO
OKcajlalleTaTa, CHOBA CBA3bIBaHMe C alleTUIKOIH3MMOM A, 1 3aTeM LMK/ IIOBTOPSeTCA.
ITpu sTOM OKMC/IeHUM BbIENAI0TCA ABe MOIeKynbl CO,,a 9/1eKTPOHbI, 0CBOOOAMBIIIN-
ecsl IIpU OKVUCTIEHVM, TIePEeHOCATCA Ha aKIeNTOPHbIe MOJEKY/bl kKopepmeHToB (NAD-
HYKOTVHAMI/A/IeHNHINHYK/IEOTH 1), KOTOPbIe BOB/IEKAIOT JX jja/iee B IIelb IepeHoca
97eKTpoHOoB. CilefloBaTe/NbHO, B IMK/Ie TPUMKAPOOHOBBIX KUC/IOT HET CAMOTO CMHTe3a
AT®, a uget okmcieHne MOJIEKYI, IepeHOC 3/IeKTPOHOB Ha aKLEITOPbI U BBIIE/ICHIE
CO,. Bce ommcanHble BbllIe COOBITHA BHYTPYM MUTOXOHAPMII MIPOMCXOAAT B MX MaT-
pUKCe.

B MaTpukce nokann3oBaHbl GepMEHTBI STOTO LMK/IA, KOTOpble HAXOAATCA B CBO-
60HOM, He CBSI3aHHOM COCTOSIHUY C MUTOXOH/IPMA/IbHBIMY MeMOpaHaMy, 3a MCKIIIO-
JeHJeM CyKLIMHATAeTUAporeHassl. Kpome Toro, B cocTaB MaTpyUKca BXOAAT (pepMEHTHI
OKJICTIEHU S JKMPHBIX KVUC/IOT; OCHOBHOI IIPOJYKT OKUC/IEHM XUPHBIX KUCIOT — alle-
TUIKO3H3MM A — TOXe B MAaTpPUKCe ITOCTYIAeT B IIVIK/I TPMKAPOOHOBBIX KIC/IOT, B KO-
TOPOM OH IoABepraeTcA fanbHelmeMy okucnenuio fo CO, u H,O B marpukce muro-
XOHJIpMII MIPOUCXOANUT TAKXKe OKMC/IeHVEe HEKOTOPBIX aMMHOKMUC/IOT, IIOCTYIAIOMINX B
IVIKJT TPUKApOOHOBBIX KVCIIOT.

OcranbHble COOBITHS, CBSI3aHHBIE C Ja/IbHENIINM [IePEHOCOM 3/IEKTPOHOB U CUHTe-
3oM AT®, cBA3aHBI ¢ BHYTPeHHell MUTOXOHAPUAIbHO MeMOPaHOIL, ¢ KPUCTAaMM M-
TOXOHJPUIL.

OcBobopuBIIecs B IpOILecce OKUCIEHNA B LUK/IE TPUKAPOOHOBBIX KVUCIOT 3/IEK-
TPOHBI, aKLIENTUPOBAaHHbIE HAa KOPEepPMEHTaX, IIEPEHOCATCSA 3aTeM B JIbIXaTe/IbHYIO LIellb
(Ilermpb mepeHoca 3MeKTPOHOB), I7ie OHM COEAVMHAIOTCA C MOJIEKYIAPHBIM KICIOPOJOM,
00pasyst MOMIEKY/IbI BOJIBL.

JIpIxaTenbHas Lenb MPeACTaBIAeT CO00IT pAX 6ETKOBBIX KOMIIIEKCOB, BCTPOEHHBIX
BO BHYTPEHHIOIO MUTOXOH/pUanbHYI0 MeMOpany (puc. 18.10). CyiiecTByIOT TPy I7IaB-
HbIX (pepMeHTHBIX KomIriekca. [lepsoiii, NADH-pernnporeHasHbIil KOMIUIEKC IPUHM-
MaeT 371eKTpoHbl 0T NADH 1 nnepeHOCUT X BO BTOPOII KOMILIEKC, KOMIUIEKC B—Cj, KO-
TOPBIN B CBOIO O4epefb MepeHOCUT MX Ha LUTOXPOMOKCU/IA3HbIN KOMIIIEKC, a OH X
nepefjaeT Ha KMC/IOPOJ, B pe3y/nbTaTe 4ero obpasyercsa Boga. Ha aTom okucieHnne 3a-
KaHYMBAETC.

Kak n nonmaraercsi, OKucjeHye MCXOQHOTO cyOcTpaTa Ipuseno K Boijenennio CO,n
BOJIbI, HO IIPY 9TOM He BBIIe/IJIACh TEIJIOBAs SHEprus, Kak Ipy FOpeHnH, a 0bpasosa-
nuch Moneky/bl AT®. Ony OblIM CMHTE3MPOBAHbI IPYTOIL IPYIIIIOi O€/KOB, He CBSI3aH-
HBIX TIPsAMO C OKMC/IeHNeM. BplIo HalifleHo, 4YTO BO BHYTPEHHUX MUTOXOH[PUATbHbBIX
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Punc. 18.10. MoTOK 3neKTpoOHOB
uepe3 Tpu MaBHbIX ¢depmeHTa-
TVBHbIX KOMMN/eKCca Npn nepeHoce
anekTpoHoB oT NADH k O,

1 — NADH-gerngporeHasHblii Kom-
nnekc; 2 — C,-KOMMNEeKE; 3 — LUTOX-
POMOKCUZA3HbIi KOMMNEKC; 4 — you-
XUHOH; 5 — untoxpom C; 6 — mMaTpuKC

) MUTOXOHAPUW; 7 — BHYTPEHHAA MUTO-
b XOHApUanbHas MemMbpaHa; 8 — Mex-

2H +1/20, MemMbpaHHOE NPOCTPaHCTBO

MeMOpaHax Ha IIOBEPXHOCTY MeMOpaH, CMOTPAIINX B MaTPUKC, PACIIONATaloTCs KPYII-
Hble 0eTKOBbIe KOMIUIEKCHI, pepMeHThl, AT®-cuHTeTasbl. B 971eKTpOHHOM MMKpPOCKOIIe
BO (ppaKumy BHY TPEHHNX MUTOXOH/IPMA/IbHBIX MEMOpPaH BIJHBI TaK Ha3bIBaeMble «IPY-
6OBMIHBIE» TENbLIA, CIVIONIb BBICTM/IAIOIIYIE IOBEPXHOCTb MEMOPaH, CMOTPAIIYIO B Ma-
TPUKC. DTU Te/Iblla AMAMeTPOM 8-9 HM UMEIOT KaK OBl HOXKKY ¥ TO/IOBKY. bblo 06Ha-
PY>KEHO, 4TO 3T Te/Iblja MPEACTAB/IAT COO0T 6ENMKOBBIN KOMIUIEKC, COCTOSINI 13 9
cyobepuuany — AT®O-cuHTeTasy. CrefoBaTe/IbHO, BO BHYTPEHHUX MeMOpaHax MUTO-
XOHJIPMII JIOKa/IM30BaHBI (PePMEHTHI KaK OKMC/IUTEIbHOI eIy, TaK U (PepMEHTBI CUH-
teza ATO (puc. 18.11).

JbIxaTenpHas Lellb — 3TO ITIABHAs CUCTEMA IIPEeBpAIleHNsA SHEPrUM B MUTOXOH-
Apusx. 37ech IPOMCXOUT MOC/IefoBaTe/IbHOE OKMC/IeHNEe ¥ BOCCTAaHOBJIEHNE 3/IeMeH-
TOB /IbIXaTeJIbHON 1INy, B pe3y/lbTaTe 4ero
BBICBOOOX/]aeTCsI HeOONbIIMMY  HMOPUVAMMU
sHepruA. 3a cueT 3TON sHeprum u3s AJIP n
docdara obpasyercss ATD. [ToaTomy roBoOpAT,
4TO OKNC/IeHMe (TIepeHOC 9TeKTPOHOB) CONpsI-
xeHo ¢ pochopunuposanuem (AP + du >
AT®), T.e. IPOUCXONUT MPOLIECC OKVCINATENb-
Horo ¢pochopunnpoBaHms.

B pesynpraTre MHOrokpaTHON o6opaunm-
BaeMoCTI cybcTpaToB B nukie Kpebea mpo-
UCXOJUT IOJHOE OKMC/IeHNe IOCTYIMBIIMX
HPOJYKTOB IIEPBUYHOTO INMKOTUTIYECKOTO
OKIVIC/ICHU, 1 3aTe€M B L€l OKVICTUTENTbHOIO
dbochopunupoBaHuss MPOUCXOAUT MAKCU-
MaJIbHOE MCIIOJIb30BAHME OCBOOOAVIBILIEIICS
IIpY OKMCIIeHNY sHepruu ajs cuHTeda ATO.

Bb1710 BBICKa3aHO IIPEAIIONIOXKEHIIe, YTO BbI-

: : He/IAIASACS IPY TPAHCIOPTE 3/I€KTPOHOB
Puc. 18.11. BobineneHHbie BHyTpeHH/E MeM-  gHeprus 3amacaeTcs B BUje TPAJMEHTa POTO-

Hbl MUTOXOHAPWIA MPU HEraTMBHOM KOH- .
6pa OXOHAP Py HETATBHOM KO HOB Ha MeM6paHe. [Ipu 3TOM Ha BHeIIIHe T0-
TPacTUPOBaHWW. BUAHBI «rpnbOBUAHbIE TeNb-

La» (monekynbl ATO-cuHTeTasbl) (poto JIE. ba- ~ BEPXHOCTU BHYTPCHHEN MeMOpaHbl MUTOXOH/-
KeeBol) PUIl BO3HMKAET IOBBILIEHHAs! KOHI[EHTpaLs
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TIO/IOXKUTENBHO 3aPSDKEHHBIX MIOHOB BOLOPOAA. 4
BosHuKImMII IpyM 3TOM IPOTOHHBIN I'PajUeHT \

ABJIAETCA [BIDKyLIeil cunoil B cuHTese ATO 2
(puc. 18.12). .
ITO IpeAnonoKeHye CTajlo 3aTeM Teopueli,
XeMMOCMOTIYECKOII TeOpHeli COIPSKeHSI OKIC- nH*
neHus cyberparos ¢ cuHTesoM AT®. Kak oka-
3a710Ch, IIPYU TIepeHOCe NIEKTPOHOB B MUTOXOH- MaTpukc
IpMaTbHON MeMOpaHe KaK/bIll KOMIUIEKC IbIXa- nH*
Te/IbHOIA LIeTIN HAIIPaBJIsAeT CBOOOHYIO SHEPTUIO
OKICTIEHVS Ha IlepeMellieHyie IPOTOHOB (II0710-
JKUTEIbHBIX 3apsfioB) dyepe3 MeMOpaHy, U3 Ma- nH*
TPUKCAa B MeXMeMOpaHHOe IPOCTPAHCTBO, YTO ALO + O,
IPUBOANT K 00pa30BaHNUIO PA3HOCTY MOTEHINA-
JIOB Ha MeMOpaHe: ITO/I0KNTe/TbHbIE 3apsA/IbI IIpe-
00/1alaloT B MeXKMeMOPaHHOM TPOCTPAHCTBE, a AH* < J
OTpUIIATeIbHbIE — CO CTOPOHBI MATPUKCA MUTO-
xoHzapuit. ITpyu gocTmkeHun onpeeneHHoN pas-
HocTy moTeHIManoB (220 MB) 6enkoBbIil KOM-
wiekc AT®-cuHTeTaspl HauMHAET TPAHCIIOP- J
THPOBATh NPOTOHBI OOPaTHO B MATpPUKC, IpU
3TOM IIpeBpaliaeT ofiHy GOpMy 3HEpPTUM B JIpy-
ryio: o6pasyer AT® u3 AJI® u HeopraHmde- Punc. 18.12. Obwas cxema OKUCUTENbHOMO
ckoro ¢ocdara. Tak TPOUCXOAUT cONpsKEHNEe Socd)opmnmposaHmn no NMuraenny: npu
epeHoce 3MEeKTPOHOB MO Lienn OKMUCe-
OKMC/TUTEIbHBIX MPOLIECCOB C CUHTETUIECKNM, C  Hyst NPOTOHbI HAKAMMBAITCA B MEXMEM-
dochopumposanuem AIIO. [Toka pONCXOAUT  OPaHHOM NPOCTPAHCTBE M NPU FOCTUXEHNN
OKJIC/IEHME CYyOCTPATOB, IOKA IIPOMCXOANT Tiepe-  OMPEACNEHHONO NOTEHLana BosspalualoTca
B MaTPUKC, Mpu 3ToM Ha ATO-CMHTeTa3HOM
KauKa MPOTOHOB Yepes BHYTPEHHIO MUTOXOH-  unaeycd nooexonnt cikres ATO
ApVJIBHYTO MeM6paHy — MJIET COIPSDKEHHDIN ] — BHeWHAA MeMbpaHa, 2 — BHYTPEHHAA MeM-
¢ atuM cuHTe3 AT, T.e. IPOUCXOOUT OKUCTU-  GpaHa
TenbHOe pochopupoBaHue.

OTu fiBa mporecca MOryT ObITh pas3oObieHbl. MOXXHO CHATb PasHOCTb ITOTEHI[ya-
JIOB Ha MUTOXOHJPYA/IbHON MeMOpaHe, WIN MeXaHN4eCK! ee HapYLINUTh, VIU C IIOMO-
IIbI0 XMMIUYIECKVX COeVHeHNI (HapuMep, AMHUTPodeHona) caenarsb B Heit ainuddysn-
OHHbIe KaHa/bL. [Ipy aTOM 6yzeT MpoRo/DKaThCA MepeHOC IMeKTPOHOB, OyeT IPOROI-
JKaTbCs OKMCIIeHne cyOcTpara, Ho cuHTesa AT® yxe npoucxoputs He 6ymet. B atom
CTy4yae SHeprus, 0CBOOOKHAIOMAACA IPU OKMUCIIEHNM, OY/eT IepeXOfUTh B TEIIOBYIO
3HEPIMUIO.

[Taronornyeckue M3MeHEHNS MUTOXOHPUIL CBA3aHBI B IIEPBYI0 OUepefib C M3MeHe-
HVSIMU MUTOXOH/IPUA/IBHBIX O€/IKOB, KOAMPYEMBIX SAPOM, C MU3MEHEHUAMM TPAHCIIOPTA
3TUX O€/IKOB 1 HapYIIEHUAMM LIe/IOCTHOCTY MUTOXOHAPHUATbHBIX MEMOpPaH.

HIpyras 4yacTh AUCOYHKIMM MMUTOXOHAPUII CBfI3aHA C MYTAlMSAMM MUTOXOHJPU-
anproMt JHK m B mepByro odepenb ¢ MyTauusaMM, KacAOIUMUCSI MUTOXOHJpPMA/b-
HbIX TPHK. B Mop¢onornyeckoM OTHOIIEHNY TP pas/INYHbIX (OPMaX MOBPEXKCHIS

ATO
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K/IeTOK Hab/mofaeTcst HabyXaHue MaTpUKCca MUTOXOH/PUIL U TTafieHe IMCIa MUTOXOH-
[pMabHBIX KPYCT, NOsBIEHNe MUETNHOIIOAOOHBIX MeMOpaHHbIX CTpyKTyp. IIpu an-
KOTO/IBHOM OTPABJIEHNI MMUTOXOHZPUY MOTYT 3HAUNUTENbHO YBEIMYMBATHCS U IIPUOO-
peTaTb HeoObIuHYIO popMy (MeraMmuTOXOHAPUM). [Ipy HEKOTOPHIX MUOIIATUAX B Ma-
TPUKCE MUTOXOHPUIT HAOTIOAIOTCS TAPAKPUCTA/UTNIECKIIE BKITIOYEH N,

4, YsenuveHune yncna MUTOXOHAPUN

Tax ke KaK 1 Ipyrye OpraHe/UIbl HUTOIIA3Mbl MUTOXOH/IPUY MOTYT YBeIMINBATHCS
B 4YJCJIE, YTO OCOOEHHO 3aMETHO IIPY Jie/IeHNY KJIETOK M/IM PV yBeINYeHUN (PyHKIV-
OHAJ/IPHOJ HArpysky KJIeTKM, 6ojiee TOro, MPOMCXOAUT HMOCTOSSHHOe OOHOBJIEHUE MU-
ToXOoHApuit. Tak, B Ile4eHM CpefHAs IPOAO/DKUTE/IbHOCTD KM3HYM MMUTOXOHAPUIL CO-
craBysAeT okomo 10 guelt. [ToaToMy 3aKOHOMEPHO BO3HMKAeT BOIIPOC, KaKuM 0OpasoM
IIPOMCXOMMNT 3TO YBEINYEHME YMCIa MUTOXOHIPIIA, 3a CUET KaKMX IIPOLIECCOB M KaKUX
CTPYKTYp 00pas3yIoTCsi HOBbIe MUTOXOH/[PUN.

OcHOBHaA Macca 9KCIepPMMEHTATbHBIX JAHHBIX TOBOPUT O TOM, YTO YBeIMYEHUE
YyC/la MUTOXOHJIPUIT MPOVUCXOAUT IIyTEM POCTA M JENIEHNA MPEeIIeCTBYOINX MUTO-
xoHapuit. C moMoIIbIo LiefiTpadepHOi KMHOCHEMKH Ya/I0Ch HAOMIOAATh IPYDKU3HEHHO
feneHue, GpparMeHTalVIo AIMHHBIX MUTOXOHZIpMIT Ha Ooree kopoTkie. Oco6eHHO OT-
YeTIMBO BUJEH 3TOT MPOLeCC IPU JeNeHNUN KIeTOK HEKOTOPhIX OFHOKIETOYHBIX BOJO-
pOCIIet ¥ HU3IMNX IpUOOB, Y KOTOPBIX fieJIeHVie MUTOXOHAPYIT CKOOPAVHUPOBAHO C KJTe-
TOYHDBIM JieJiIeHNEM. B 57IeKTpOHHBII MUKPOCKOII YaCTO BO MHOTMX K/I€TKAaX MOXKHO BY-
[IeTh Je/leHyie MUTOXOH/IPUIT ITyTeM 00pa3oBaHys nepeTsHKKu (puc. 18.13), Hanpumep
B KJIETKaX MeyeHy (X0Ts 6e3 JOKa3aTebCTB AMHAMIYHOCTY 9TOTO IpoLiecca TaKye Ha-
OmofeHnA Mano yoeauTenbHbl). BHelllHe Bce 9TV KapTUHBI OYeHb HAIIOMIHAIOT OMHap-
HBIIT CITOCO6 JleNieH st GaKTepuii.

PeaslbHOCTD yBemMYeHNA YIC/Ia MUTOXOHAPUI Ty TeM Ae/leHns ObUIN TOKa3aHbl Ipu
U3YYeHUN IOBENeHMs MUTOXOHZPUII B XKVMBBIX KJIETKaX Ky/IbTYpbl TKaHU. BbIIo 06-
Hapy>XeHO, YTO B Te4YeHMe KIeTOYHOTO LMK/Ia MAUTOXOHIPUM MOTYT BBIPACTaTh [0 He-
CKOJIBKUX MKM, a 3aTeM (pparMeHTHPOBaThCs, JeUThCS Ha 60jIee Me/IKMe Te/blia.

Kpome Toro, MUTOXOHAPUM MOTYT CIMBATbCA APYT C SPYTOM Ha HEKOTOPOE BpeM,
3aTeM CHOBA PACXOAMTBHCA WIM (PAarMEeHTHPOBATLCA M yBemMumBarbcAa B uncrne. On-
HAaKO HYKAKNX IPU3HAKOB «CAMOOPTaHM3aLNN» MUTOXOHAPUIL 13 KaKIX-TO MeMOpaH-
HBIX KOMIIOHEHTOB He 0OHapy>KeHO.

Puc. 18.13. Bo3mMOXHble NyTU feneHnA MUTOXOHAPUI Npr 06pa3oBaHM NePeropofoK (a) Uimn NepeTaxKin
(6) (no Muhlethaler, 1959)
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Taxkyum 06pa3om, pasMHO>KeHVe MUTOXOHAPUIL MeT 0 IPUHIUITY: omnis mitochon-
drion e mitochondrion. ITpu geneHNy MUTOXOHAPUIL: IPOUCXOAUT yBeTNYEHIIE MACCHI
MUITOXOH/IPMA/IbHBIX MeMOpaH cOo BceMM CIelM(UUecKuMy KOMIIOHEHTaMM 3a CYeT
CMHTe3a U BK/IIOUEHNA B HUX OT/E/NbHBIX 0€KOB — (epMEHTOB U JUINIOB, HapacTa-
HyIe MacChl 0€JIKOB MaTPUKCa, a 3aTeM Jie/IeHNe KaK Obl yIBOMBIIEIICS VI MHOTOKPAaTHO
YBEIMIMBIIENCA CTPYKTYPBI.

9Ty mpefcTaBaeHNA IOYYal0T OAJEPXKKY CO CTOPOHbI (PaKTOB, KACAIOLINXCS Opra-
HM3aLUN M COCTaBa MUTOXOH/IPMA/TIbHOTO MAaTPUKCa MIV MUTOIUIa3Mbl, B KOTOPOIl 06-
HapyxeHsl [JHK, pasubie Tunsr PHK 1 pu6ocomsr.

5. ABTOpEenpoAyKLna MUTOXOHAPWIA

VccnemoBanusA OCIeHUX /IET IPUBEIN K YA MBATE/TbHBIM OTKPBITHAM: MUTOXOHZPUI
00/1aJal0T IIOJTHOJ CHCTEMOT aBTOPEIPORYKIMMA. ITa CUCTeMa ITOTHAS B TOM CMBbICIIE, YTO
B MUTOXOHAPUAX M IacTujax oTkpbiTa [JHK, Ha KOTOpOIT B HUX CUHTe3MPYIOTCA UH-
¢dopmanonHble, TpaHcdepHble 1 pr6ocomusie PHK u pu6ocomsl, ocyiecTssonye
CMHTE3 MUTOXOHJPUAIBHBIX U IIACTUAHBIX OenkoB. OQHAKO, KaK OKa3anoch, 3TU CHU-
CTEMbI, XOTS 1 aBTOHOMHBI, O4€Hb OTPaHNYEHBI 110 CBOVIM BO3MOXKHOCTSIM.

JHK B MMTOXOHApMAX HpefcTaB/leHa LUKINYECKVMU MOJIEKy/IaMy, He oOpasyio-
VMM CBSI3b C TMCTOHAMIU, B 3TOM OTHOILIEHUV OHJ HaIlOMUHAIOT OaKTepyaTbHbIe XPO-
MOcOMbI. PasMep X HeBeNMNK, OKOIO 7 MKM, B OGHY LVIK/IMYECKYI0 MOJIEKYIIy MUTOXOHJ -
puii )KMBOTHBIX BXOAUT 16-19 ThIc. HyKneoTuaHblx map JHK. Y yenosexa MuroxoHapu-
ampHaa [JHK comepxut 16,5 ThIC. H.IL, OHa IIOJTHOCTBIO pacumdposana. HaiigeHo, 4ro
muroxoHapuanbHas JTHK pasnnaHbix 00beKTOB O4eHb OHOPOAHA, OT/INYNE X 3aKJTIO-
YaeTCsl IMIIb B BeJIMYVHE IHTPOHOB 1 HETPAHCKPUOVPYEMBIX y4acTKOB. Bce MUTOXOH-
npuanbHble JHK cBsizaHBI ¢ BHyTpeHHeil MeMOpaHOl MUTOXOH/PUIL U IIPEACTaBIeHbI
MHO>KeCTBEHHBIMY KONUAMY, COOpPaHHBIMI B TPYIIIBL, KIacTepbl. Tak, B OfHOI MUTO-
XOHJpUM IeYeH! KPBICHI MOXKET cofiepKaTbes oT 1 o 50 nyuxmmdeckux monexkyn JHK.
O61ee ke KonnyectBO MuToxoHApranbHoi [JHK Ha K1eTKy cocTaBisieT OKO/IO OfHOTO
npornenTta. Cunrtes mutoxoHapuanbHbix JJHK He cBasan ¢ cuntesoMm [JHK B sampe.

Tak e kak n y 6akrepuit MutoxonppuanbHas JJHK cobpana B oTaenbHYI0 30HY —
HYKJICOUJ], €T0 pasMep cocTasseT okoio 0, 4 MKM B inaMeTpe. B IMHHBIX MUTOXOH-
ApUAX MOXKeT ObITh OT 1 1o 10 HykmeonoB. [Ipy reneHuy AIMHHOV MUTOXOHJPUY OT
Hee OTJe/NAeTCA YIaCTOK, COfiep>KaIlmii HyKmeous, (CXOACTBO ¢ OMHAPHBIM JielleHIeM
6akrepuii). Komraectso JTHK B OT/ieNbHBIX HYKI€OMIaX MUTOXOHAPUIL MOXET KOJle-
6atbcst B 10 pa3 B 3aBUCUMMOCTH OT THUIIA KJIETOK.

[Ipy>KM3HEHHO HYK/IEOMbI MUTOXOHPUIT MOXKHO OKPAIUIMBATbCA CIIELMaJTbHbIMU
¢drryopoxpomamu. OKasanoch, YTO B HEKOTOPBIX KY/IbTYpax B KJIeTKaxX OT 6 10 60% M-
TOXOHJPUIT He MMEIOT HYK/IEOU/Ia, YTO MOXKET OOBACHATBCA TEM, UTO Jie/IeHNe ITUX Op-
raHe/I CKopee CBsI3aHO ¢ pparmMeHTalMelt, a He C pacIipefie/ieHNeM HyK/IeO/ OB,

Kak y>ke roBopu1oCh, MUTOXOHAPUU MOTYT KaK HAeNUTbCA, TaK M CIMBATbCA APYT C
npyrom. B o6bI4HOIT KynbType KIeTok denoseka Hela Bce MUTOXOHApUY comepxar Hy-
K1eon bl O HaAKO OfiHA 3 MY TAHTHBIX IMHUI 3TOM KY/IbT Y PbI COflep>Kajla MUTOXOHA PN,
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B KOTOPBIX HYKJIEOMABI C TIOMOIbIO (PITyOpOXpOMOB He BbLAB/IsINCE. Ho ecnu atu My-
TaHTHBIE KJIETKJ CIUTh C UTOIIIACTAaMM KJIETOK MICXOZHOTO TUIIA, TO BO BCEX MUTO-
XOHJIPUAX HYK/IEOUADI ObUIN 0OHAPYKEHbL. DTO TOBOPUT O TOM, UTO IIPY CIIVISTHUU MU-
TOXOHJPUIL PYT C APYTOM MOXKET MPOMCXOAUTb OOMEH UX BHYTPEHHUMM KOMIIOHEH-
TaMI.

BaxHo mop4epkHyTh, uTo pPHK 1 prt60coMbr MUTOXOHAPUIL PE3KO OT/IMIHBI OT Ta-
KOBBIX B IjuTomIasme. Ecm B nutommasme o6HapyxmBatorcs 80s pubocomsl, To pubo-
COMBI MUTOXOH/IPMII PAaCTUTEbHBIX KJIETOK IpMHaIexaT k 70s pubocomaM (cOCTOAT
u3 30s u 50s cyObeguuny, cogepskar 16s n 23s PHK, xapakrepHble /1 IpoKapuoTnde-
CKMX KJIETOK), @ B MUTOXOH/JPUAX KJIETOK HEKOTOPBIX KMBOTHBIX OOHapy»XeHBbI 6ortee
MernKye prbocomsl (0koso 50s).

Pu6ocomupie PHK MutoxoHapuit cuHTesupyloTcs Ha MutoxoHapuanbubix JHK. B
MUTOIIIa3Me Ha pubocoMax ujet cuHTe3 6enkoB. OH IpeKkpalaeTcs, B OT/INYNE OT CYH-
Te3a Ha IUTOIUIa3MaTUIeCKMX pUOOCOMaX, K IeVICTBUU aHTUOMOTHIKA XTopaMeHn-
KOJIa, IOfIaB/ISAONIEro CYHTe3 6enka y 6aKTepuil.

Ha mMuTOXOHpMabHOM reHOMe CMHTe3UpyIoTcs 1 TpancnopTHole PHK, Bcero cun-
tesupyercs 22 TPHK. TpunneTHblll Ko MUTOXOHPUATBHON CMHTETUYIECKOI CUCTEMBI
OT/IMYEH OT TAKOBOT0, MCIIOJIb3YEMOTO B TManoIiasMe. HecMoTpsa Ha Hamm4ume Ka3anoch
Obl BceX KOMIIOHEHTOB, HEOOXO/MIMBIX /IS CMHTe3a 0€/IKOB, HeOOIbIIIIe MOTIEKY/IbI M-
toxoHzapuanbHoit [JHK He MOryT KogMpoBaTh Bce MUTOXOH/IpMa/IbHbIE O/IKY, TOIBKO
muub ux Hebonmpinyio yacTb. Tak, [JHK pasmepom 15 ThIC. H.II. MOXeT KOAMPOBATH
0e/KM C CYMMapHBIM MOJIEKY/LIPHBIM BeCOM OKoJIo 6 - 10°. B 3T0 ke BpeMs cymmap-
HBIJT MOJIEKY/IAPHBII BeC 6€/IKOB YaCTHIIBI ITOTHOTO JbIXaTe/IbHOTO aHCAMO/IAA MUTOXOH-
AWM JOCTUTAET BE/IMYMHBI 0K0JIO 2 - 10, Ec/nt yuecTs, 4TO KpoMe 6e/IKOB OKUC/IATENb-
HOro ¢ocopunpoBaHys B MUTOXOH/IPUYU BXOAAT (PepPMEHTBI LIMKJIA TPUKAPOOHOBBIX
kucinot, pepmentsr cuntesa [JHK u PHK, depmenTs! akTMBannm aMuMHOKUCTIOT 1 IPY-
rue Oe/IKy, TO BUJHO, YTO, /I TOTO YTOOBI KOAMPOBATb STV MHOTOYVIC/IEHHbIE O€KY 1
pPHK u TPHK, xonmuuectBa reneTndeckoit nupopMauny B KOPOTKOI MOJIEKY/Ie MUATO-
xonppuanpHoit THK saBHO He xBaraet. PacmmdpoBka HYKI€OTHIHOI OC/IeTOBaTeNb-
HOCTM MuToxoHapuanbHoit JJHK dyenoseka nokasana, 4To OHa KOAUPYeT BCETO JNUIID 2
pubocomusie PHK, 22 Tpancepubix PHK 1 Bcero 13 pasnnyHbIX HOMUIENTUIHbIX Iie-
TIeI, T.€. B HEM COlePXKUTCA TONBKO 37 T€HOB.

B Hacrosiee BpeMs MMEIOTCS yOenUTeIbHbIE JOKa3aTeIbCTBA, YTO OOJIbIIAsA 4acTh
6€/IKOB MUTOXOH/PUIT HAXOAMUTCA MOJ] TeHeTUIECKMM KOHTPOJIEM CO CTOPOHBI K/IeTOU-
HOTO S/Ipa U CUHTe3MpYyeTcs BHe MUTOXOHApMIL. Tak, B yacTHOCTM IuToxpoM C, obpa-
3yeTcsl B I'MAJIOIUIa3Me, a U3 [IeBATHU HONUIIeNTUAHDIX Lieneil B cocTaBe AT®-cuHTeTasbl
TONIBKO [IB€ CMHTE3MPYIOTCA B MaTPUKCE MUTOXOH/IPUI >KMBOTHBIX. MUTOXOHpMAIb-
Has [THK xopmpyer nuiub HeMHOTVe MUTOXOHpUAIbHbIe O€KY, KOTOPbIE TOKA/IN30-
BaHBI B MeMOpaHax U IPeACTaB/IAT COO0I CTPYKTYpHBIE O€/IKM, KOTOpble CBSA3aHbI
C TPAHCIIOPTOM 9JIEKTPOHOB ¥ OKVIC/IUTEIbHBIM (GOCHOpUINPOBAHUEM 1 OTBEYAIOT 3a
IPaBWIbHYIO VIHTEIPALMIO B MUTOXOHJPYATbHBIX MeMOpPaHaX OTHEIbHBIX (PYHKIINO-
Ha/IbHBIX KOMIIOHEHTOB.

BONBIIMHCTBO MUTOXOHZPMA/IBHBIX O€IKOB CHHTE3MPYeTCs Ha pubOcoMax B IIM-
TO3071€. DTN O/IKY MMEIOT CIel[a/IbHbIe CUTHA/IbHbIE IIOCTIeJOBATeIbHOCT, KOTOPBIE
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Puc. 18.14. TpaHcnopT 6enKoB 13 LUTOMNAA3Mbl B MUTOXOHAPWM MPOUCXOANT Yepe3 061acTb KOHTaKTa Mu-
TOXOHAPWANbHBIX MEMOPaH:

a — TpaHCMopT 6efka B MaTPUKC MUTOXOHAPWIA; 6 — BKIOUEHNEe Genka BO BHYTPEHHIOIO MUTOXOHAPUANbHYIO MEM-
6paHy

] — BHeLUHAS MeMOpaHa MUTOXOHAPUM; 2 — BHYTPEHHAS MeMOpaHa MTOXOHAPUY; 3 — KaHamnbHble 6enKi; 4 — TpaHc-
NopTUPYeMbIl 6eNOK MaTPUKCa; 5 — CMrHamNbHbIN KOHeL, 6efka; 6 — GenoK B MaTpUKCe; 7 — TPaHCMOPTMPYyeMblii 6enok
BHYTPEHHE MeMbpaHbl; 8 — BTOPOI CUrHanbHBIN NeNTUA; 9 — nepeHoc 6enka B MaTPUKC; 10 — BTOPOW CUTHAMbHBbIN
yyacToK benka BCTpanBaeTca B MeMbpaHy; 11 — BCTPOEHHbI 6ENOK BHYTPEHHE MembpaHbl

Y3HAIOTCSl pelieiTopaMyl Ha BHEIIHeil MeMOpaHe MMUTOXOHApUIL. Ty 6enKyu MOryT
BCTPaMBaTbCs B HMX (CM. aHAJIOTHIO C MeMOPaHOII IIePOKCUCOM),  3aTeM IepeMelaThCs
Ha BHYTPEHHIO MeMOpaHy. DTOT IepeHOC IIPOMCXOANT B TOUYKAX KOHTAKTa HAPYXKHOI
U BHYTpeHHell MeMOpaH, I7le TaKoil TpaHcopT orMedeH (puc. 18.14). BonpimmHCcTBO
NMUINI0B MUTOXOHJPUII TaK Ke CMHTe3UPYIOTCA B IIUTOIIIa3Me.

Hanuane co6CTBEHHOI FeHe TMYeCKOII CYICTEMbI MUTOXOH/IPIIT MOXKHO CBSI3aTh C PS-
IOM HaC/IefiICTBEHHBIX 3a00/IeBaHMIl, OIIpefenAeMbIX MyTAl[AMI MUTOXOH/IPYATbHbBIX
TeHOB, OTBETCTBEHHBIX 32 CMHTE3 HEKOTOPBIX MUTOXOH/PYA/IbHBIX O€/IKOB ¥ TpaHChep-
Hbix PHK. Hanpumep, HacnepcTBeHHas onTudeckas HeviponaTus (6onesns Jlebepa) sB-
JIIeTCSA pe3y/IbTaTOM MyTauum ogHoit n3 cyobennuun, NADH-penykTassl 1 ofHOM U3
TpancnopTHbix PHK.

OTKpbITHUA, NOKa3bIBAKOIYe OTHOCUTEIBHO HE3aBUCUMOE CTPOeHMe M (YHKLMO-
HYPOBaHMe CUCTeMbI O€IKOBOTO CHHTe3a MUTOXOHAPUIL, BO3POAIN TUIOTE3Y O 3H-
HOCUMOMOTIYECKOM IPOUCXOKAEHIY MUTOXOHAPUIL, O TOM, YTO MUTOXOH/IPUM TIpeN-
CTaBJIAIOT COOOI OpraHM3MBbI TUIIA OAKTEPUIl, HAXOAALIMECA B CUMOMO3€e C 9YKapUOTH-
YEeCKOI1 KJIETKOIA.

6. XoHapuom

Xonopuom — 3mo co60KynHOCMb 6Cex MUMoxoHoputi 6 00Hoil knemxke. OKas3anocs,
YTO TaKasi COBOKYITHOCTb MOXKET OBITh Pa3/IMYHON B 3aBUCUMOCTH OT TUIA KJIeTOK. Tax,
BO MHOTMX K/IeTKaX XOHJPYOM IPeICTaB/IeH Pa3pO3HEHHBIMY MHOTOYVCIEHHBIMY M-
TOXOHZIPUAMM, pa3OpOCaHHBIMM JOBOJIBHO PAaBHOMEPHO IO BCell LIMTOIIa3Me, KakK, Ha-
puMep, BO MHOTMX Hegud depeHIpOBaHHbIX K/IeTKax (puc. 18.15). B mpyrux crygaax
OT/ie/IbHble MUTOXOHAPUM JIOKA/IU3YIOTCA TPYIIIAaMM B MeCTaX MHTEHCUBHON TpaThl
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AT®, xak, HarpuMep, B K/IeTKaX aHa-
NU3ATOPOB CeTYATKU. B 06oux aTmx
CTy4YasiX MWUTOXOHApMM  (PyHKUMO-
HUPYIOT IIOOAMHOYKE, MX KOoIlepa-
TUBHasg paboTa, BO3SMOXKHO, KOOPJM-
HUPYeTCSl KaKMMM-TO CUTHAJIAMIU 13
yuromnasMpl. OfHAKO CyllecTByeT
U COBEpIIEHHO MHOW TUIl XOHJpPM-
OMa, KOIZla BMECTO MENKNUX OfMHOY-
HBIX Pa3pO3HEHHBIX MUTOXOHAPUII B
KJIeTKe pacIlofiaraeTcsi OfHa MM He-

Puc. 18.15. PasHble popMmbl XoHAPUOMa: CKONbKO TUTAHTCKUX Pa3BETBJICH-
@ — Pa3spO3HEHHbIE MUTOXOHAPWY; 6 — rpynnbl MATOXOHApWi;  HBIX MUTOXOHApMit (cM. puc. 18.16).
8 — MVITOXOHﬂpI/IaﬂbeIVI PETUKYNymM B 3TUX CHYLIaHX MBI BUJIUM He OT-

TeNbHbIE MUTOXOHAPUM, a CIOXKHYIO
MUTOXOHJPUAIbHYIO CUCTEMY, CeTb VIV, KaK eVl la/ly Ha3BaHue, MUMOXoHOPUAIbHblilL
pemuxynym (Reticulum miyochondriale). KakoB 6momorndeckust CMbICT IOSB/ICHNA
TAKOJ I'MTAaHTCKOI Pa3BeTBJICHHOV MUTOXOHPUATBHON CTPYKTYPbI, 00'beJUHEHHOIT B
OJIHO 1Ie/I0€ CBOMIMM BHEIIHMMM ¥ BHYTpeHHMMU MeMOpaHamu? COIlacHO XeMOOCMO-
TUYECKOIl TeOPUM, BOSHUKIINII Ha IOBEPXHOCTV BHYTPEHHel MeMOpPaHbl 9JIeKTPOXU-
MMYEeCKUII IPOTOHHBIN I'PaJiyieHT PAaBHOMEPHO pacIpeensaeTcs 10 TOBEPXHOCTU BHYT-
peHHeiT MeMOpaHbl MUTOXOH/IPUIA, OHAa 9KBUIIOTEHIMAIbHA B JIF000I cBoeit Touke. I1o-
3TOMY B JTI000J1 TOUKe ITOBEPXHOCTU BHYTPEHHel MeMOpaHbI TaKOil pasBeTBICHHON
MUTOXOHAPUU MOXeT UATY cuHTe3 AT®, KOTOpbIT OyAeT MOoCTynaTh B IIOOYI0 TOUKY
IUTOIIa3MBI, ITie B 9TOM eCTb He0OXOAuMOCTb. T.e. Takme pasBeTB/ICHHbIE MUTOXOH-
IPUM MOTYT HPEJICTABIIATD COOO0IT «3IEeKTPUIECKIiT Kabemb.

To, 4T0 3TO EVICTBUTENBHO MEET MECTO, OBLIO JOKa3aHO SKCIIePUMeHTaNIbHO. bbln
BBIOpAHBI pacTyliye B Ky/IbType TKaHU (uOpoO/IacThl, B IIUTOIIa3Me KOTOPbIX MMe-
I0TCA JJIMHHbIE HUTYaTble MUTOXOH/IpUY, JocTuramomye 60 MKM. B >XMBBIX K/leTKax ux
MO>XHO HAOJIIOIaTh C IOMOMIbI0 (HIyOpOXpoMa STWIPOlaMUHA, KOTOPBIII HaKaIlIuBa-
eTCcsl B MaTpUKCe TONbKO paboTaoumx, cuntesupyomux AT, MutoxoHapumii.

[Ipu o6myyeHUN OTHENTBPHON MUTOXOH[PUM IIPOVUCXOAUT B Hell rameHue gyopec-
LIeHIIMM POJjAMIHA V3-3a TOTO, YTO B pe3y/brare poOos BHyTPeHHel MeMOpaHbl M-
TOXOHOPpUN Pa3HOCTD IIOTEHIINAJIOB Ha Hel magaeT, I pOgaMMH KaK 6]3[ BBITEKAECT 3 Ma-
TpUKca MUTOXOHApuu. IIpn 3TOM coceHMe MUTOXOHAPUM He MEHAIOT CBOETO CBEYEHNS
n npogomxaT cuHTe3 AT®. UTo sxe mpon3oiifieT, ecay 0OIyInTb HeOObIION YIaCTOK
Pa3BeTBJIEHHOI VI JKe OYeHb JJIMHHOI MUTOXOHpuUK? B aKcliepuMeHTe OffHa U3 IIPo-
TSDKEHHBIX CBETAIIMXCS MUTOXOHAPUIT Pprbpobracta OblIa TOKaJIbHO OpaskeHa Y3KUM
(0,5 MKM) MUKpPOTy4OM OITUYECKOTO ja3epa. B pesynbprare aTOro BCs IMHHAS MUTO-
XOHJIpUA MOTYXJIA, B TO BpeMs KaK COCEIHIE OCTaBAINCh 0e3 3MeHeHMIL. ITO TOBOPUT
O TOM, YTO TOYEYHBIil TPOOOJT MeMOpPaHbl MUTOXOHAPUM NIPUBOJUT K CHATUIO Pa3HO-
CTM IIOTEHIVIAJIOB He TOJIBKO B TOYKe IIP000s, HO IO BCeil IVHe MUTOXOH/IPUH, KOTO-
pas mpefcTaBsgeT co60il MIPOBOSHMK C SKBUIOTEHI[MAIbHON MOBEpXHOCThI0. CrieioBa-
Te/IbHO, TaKue J/IMHHbIe HUTYaThle MUTOXOHAPUM PprOpPO6IacTOB MOTYT IIPELCTABIIATD
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co6011 971eKTpuYecKie IPOBOLHUKY, MOTYIIIVe IlepefjaBaTh Pa3HOCTb NOTEHIMA/IOB Ha
MUTOXOH/IPMA/IbHBIX MeMOpaHax Ha OoJIblie pacCTOSHUA U OOBENUHATD Ya/leHHbIe
Y4aCTKIU LIUTOIIIa3MBl.

9TO 3HAYNT, YTO U B C/TyYae ITUTAaHTCKUX Pa3BeTBICHHBIX MIUTOXOHIPMIL B TI06071 ee
TOYKe MOXKET Ha BHYTPeHHell MeMOpaHe HaKOIUTbCS MOTEHIA, TOCTATOYHbII /IS
TOrO, 4T00B!I Hayascs cuHTed AT®. C 9TUX HO3UINIT MUTOXOH/IPUA/IBHBII PETUKYIYM
HpefiCTaB/sIeT co00it Kak Obl A/IEKTPUIECKUI IIPOBOHNUK, Kabesb, COeUHSAIONINIT OT-
JaJIeHHbIEe TOYKM TAKOM cucTeMbl. MUTOXOHPVAIbHBIN PETUKYTYM MOXET OKa3aThCA
OYEHb II0JIe3HBIM He TOJIbKO JI/ISI MEJIKMX IOfIBVKHBIX K/IE€TOK, TAaKMX KaK XJIOpesIa,
HO 1 Jyis 60o/lee KPYIHBIX, TaM, Ifie TpeOyeTcs KOoleparys M CUHXPOHNU3aUKs B pa-
60Te MHOTMX CTPYKTYPHBIX €MHMNI] TAKUX KaK, HaIpuMep, MUOPpUOPUIIBI B CKeleT-
HbIX MbIIIIIaX.

B 9/1eKTPOHHOM MUKPOCKOIIE BIJHO, YTO MbIIIeYHbIe MUTOXOHIPUY NIPECTABIISIOT
co60i1 He MefKue mrapyky wiy najpouku (puc. 18.16, 18.17, nmo pauubsiM JI.E. BakeeBoii,
10.C. Yennosa u B.II. CkynbleBa), a Kak Obl TayKooOpasHble CTPYKTYPbI, OTPOCTKM KO-
TOPBIX MOTYT BETBUTHCS ¥ IPOCTUPATHCS Ha OOJIBIIINE PACCTOSHIAS, MHOTA Yepe3 BeCh
HOIIePeYHMK MBIIIEYHOrO BOTOKHA. [Ipy 9TOM pasBeTB/IeHVsI MUTOXOHAPUIL OKPY)KAIOT
KOXIYI0 MUOGUOPIU/ITY B MBILIIEYHOM BOJIOKHe, cHabxast nx AT®, Heo6xoamnmMoro ajist
MBIIIE€YHOI'O COKpalleHNAd. CHeHOBaTeHbHO, MUTOXOHAPUN CKEIETHDIX MBI IIPpENCTaB-
JIEHBl TUIMYHBIM MUTOXOHJPVATbHBIM PETUKYTYMOM — €UHOIl MUTOXOH/PUATIbHON
cucremoit. Takoit IJIaCT, WM 9TaX, MUTOXOHAPUAIBHOIO PETUKYIyMa IIOBTOPSETCS
JIBOXMIbI HAa KaXKMIBIII CApKOMep, a BCe MBIIIEYHOE BOJIOKHO MMeET THICAYM MOIEePEeYHO

&l
l HHHHHIH

Puc. 18.16. Cxema. PacrnonoxeHne MUTOXOHAPWIA B MOMEPEYHO-MONOCATON MblllLe AnadparMbl KpbIChl:

a — NPOLONbHbIiA Cpe3; 6 — cpe3 Ha YpoBHe z-ancka; M — mutoxoHapun; MMK — MeXMNUTOXOHAPMabHbIE KOHTAKTbI;
MO — mrodpunbpunnbl
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PaCIIONIO>KEeHHBIX «ITO3TAXKHBIX»
IUIACTOB  MUTOXOHJPMATBHOTO pe-
TUKYTyMa. B0 06HapyXeHo, 4TO
MEXAY «3TaXaMiu» BRONb MUOPU-
OpW/I pacIoNaraloTcs HUTYAThIe
MUTOXOHJPUM, COENUHSIOLINE STU
MUTOXOH/JpYa/IbHble IUIACTBL TeM
CaMBIM CO3JJaeTCsl TPeXMepHas Kap-
TMHA MUTOXOHJPUATBHOTO PeTH-
Ky/IyMa, IIPOXOJSIIEro 4epe3 BecCh
06'beM MBIIIEYHOTO BOIOKHA.

31ech ke ObII0 0OHAPYKEHO, UTO
KaK MeXJy OTBETBIEHMSIMU MUTO-
XOHJIPMA/ILHOTO PeTUKYIYMa, TaK I
MEXJy HMM U HUTEBUJHBIMU IIPO-
JIOTIBHBIMY MUTOXOH/IPUSIMU Cylile-
CTBYIOT CIIeL[a/IbHbIe MeMMUMmo-
Puc. 18.17. Cxema TPEXMepHOI OpraHusauun mutoxon- ~XOHOPUATIbHDIE COENVHEHUS WM
APVanbHOrO PETUKYIYMa B CKENIETHOMN MblLuLie xoumaxmot (MMK). Ouu obpaso-
BaHBl IUVIOTHO IPWJIETAIONVMM Ha-
PY>KHBIMM ~ MUTOXOH/pUa/TbHBIMU
MeMOpaHaMy  KOHTaKTUPYIOLINX
MUTOXOHZIPUIT,  MeXMeMOpaHHOe
IPOCTPAHCTBO ¥ MEMOPAHBI B 9TON
30He MMEIOT IIOBBILIEHHYIO 3JIeK-
TPOHHYIO IUIOTHOCTH (puc. 18.18).
BBI710 c/ie/taHo penonoKeH e, 4To
Puc. 18.18. Cxema CTpOEHMA MEXMUTOXOHAPUASIbHOrO sepes ST CelabHble 06pasosa-
KOHTAKTa HMSI MOXKET NIPOMCXOANUTD (PyHKIN-

OHaJIbHOE OOBEeMHEHNe COCENHNX
MUTOXOHAPUIT ¥ MWUTOXOHJPUAIb-
HBIX PeTUKY/TIyMOB B €IMHYI0, KOOIIEPATUBHYIO S9HEPIeTUYECKYIO CUCTEMY.

Hokasarb 10, uT0 MMK [1eiicTBUTENIPHO YYACTBYIOT B 9HEPreTMUECKOM 00befuHe-
HUY MUTOXOHJPUIL IPYT C APYTOM, yIa/JI0Ch Ha IPYTOM THUIIE IOII€PEYHO-UCYEPYEHHHDIX
MBIIII] — Ha KapAMOMIOLNTAX, KTIeTKAaX CepPAIeIHBIX MBIIIII.

Oxasanock, 4TO XOHAPUOM KJIETOK Cep/IeUHO MBIIIIIbI He 00pasyeT BeTBSIUXCA
CTPYKTYP, a IIpefCTaBIeH MHOXXECTBOM HeOO/IbIINX BBITAHYTHIX MUTOXOHPUIL, pac-
Hojaraoiuxcsa 6es ocoboro nmopsaaka Mexxay muoduobpummammu. OfHako ObIIO Hali-
JIeHO, YTO BCE COCeHVEe MUTOXOHPUY CTBIKYIOTCA APYT C APYTOM C IIOMOIIBIO MUTO-
XOHJIpMAIbHBIX KOHTAKTOB TAKOTO JKe TIUIIA, KaK B CKe/IeTHOI MBIIIIIIe, TOIbKO MX YICIIO
OYeHb BE/IMKO: B CPeJHEM Ha OJHY MUTOXOHApUIo mpuxopurcs 2-3 MMK, koropsie
CBSI3BIBAIOT MUTOXOHZPUM B €AMHYIO 1I€Ilb, I7le KaXK/[bIM 3BEeHOM Takoii rern (Strep-
tio mitochondriale) aBnsaercsa oraenpras Mutoxouapus (puc. 18.19). Taxoit Tum XoH-
IpMOMa TAK>Ke MOXKET C/TY>KUTb L[e/IsIM CUHXPOHHOTO COKpAIlleHNs BCeX CapKOMepOB
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MMHK

Puc. 18.19. Cxema pacrnonoXeHns MUTOXOH- Puc. 18.20. a — MEXMUTOXOHAPUANbHbIE KOHTAKTbl B
LPUIA B KNETKE CEPAEUHON MbILLILIbI: KapanomuoLuTax neBoro xenygouka kpbicol (MMK);

MMK — MeXMUTOXOHAPUANbHbIE KOHTAKTH; MO — 6 — conuxeHne membpaH cocenHvx MUTOXOHAPWI B
MUOGUEPMANBI obnactn MMK (¢poTo T.B. JlunuHoir)

B MroGuoOpmiIax KapAruoMuonuToB. [l Takoil KOOIIePaTUBHO KOOPAVHALINY M-
TOXOHJIPUIL IO/DKHBI CITY>KUTb MHOXKE€CTBEHHbIe MEXMUTOXOHAPUAIbHbIE KOHTAKThI
(puc. 18.20).

[ns moxasaTenbCTBa 9TON TMIOTE3Bl ObUIM MCIIONb30BAHBI KAPAMOMMOLUTHI 9M-
OpMOHOB KPBICHI B KY/IbTYpe TKaHU. B 97IeKTpPOHHOM MUKPOCKOIIe 661710 0OHAPYKEHO,
YTO MEX/Y HEeKOTOPBIMYU MUTOXOHApUAMY O6btn BugHEI MMK, 06 benHsIOmMEe NX B
He0osIblIe TPYIIIBI — KJIacTepsl. B manbpHelineM ObIIM IpOBe/ieHbI 9KCIIePUMEHTBHI,
aHAJIOTMYHbIE TeM, KOTOpble CHellaHbl Ha KyIbType pubpo61acTOB: MUTOXOHAPUN
JKMBBIX KapAVOMMOLTOB OKpaIIBaIN 3TUIPOJAMIHOM, @ 3aTeM OFHY M3 MUTOXOH-
ApuUil B TpyIIe 001ydany nasepHbIM MUKponydoM. OOnydeHue OAMHOYHBIX MUTO-
XOH/IPUII IPUBOAMIIO K OBICTPOMY VX TallleHNI0. B OHNX cTyYasx moracana TOIbKO
00/y4eHHass MUTOXOHAPUA, B IPYTUX — Tepsila JTIOMUHECIEHIUIO BCSA TPYIIIa MU-
TOXOHAPUIL. DIeKTPOHHAA MMUKPOCKOMMUSA II0Ka3ana, YTO B MOCIEeJHEM Clydae MHU-
TOXOHJIPUM B K/IacTepe ObIIM CBA3aHBI APYT ¢ ApyroM ¢ nomousio MMK. Creposa-
TeJIbHO, TallleH!e TPYIIIIBI MUTOXOHAPUIL, cBA3aHHbIX MMK, nokassiBaeT, uto MMK,
KaK K/IeMMbI, 00'be[[UHSIOT B e[UHYIO 1IeTlb IOTeHIMa/lbl OJNHOYHBIX MUTOXOHPUIL.
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Puc. 18.21. Cxema pa3nnyHom opraHu-
3aLymn XOHApMoMa:

a — MWUTOXOHApUanbHasa ceTb (reticulum
mitochondriale); 6 — muTOXOHApPWaNbHas
Lenb (streptio mitochondriale); 8 — HuT-
yaTble MATOXOHAPUM; 2 — OfUHOYHbIE MI-
TOXOHAPWN

MMK o6Hapy>keHbl B KapAMOMUOLIMTAX KaK >KeTyZOUKOB, TaK ¥ IpefcepAnii Bcex
II03BOHOYHBIX )KVMBOTHBIX: MJIEKOTIMTAOIVX, IITHILI, IPeCMbIKAIOIXCs, aMpuomit u ko-
CTUCTBIX PBIO.

KomryectBo MMK B kapanoMyuonnuTax M3MeHsETCA B 3aBUCUMOCTHU OT (YHKILIMO-
Ha/IbHOJII HAarpysKkM Ha ceppile. Tak, ecin y KpbIC BbI3BaTh 9KCIIEPYMEHTAIbHOE yCuIIe-
Hyle pabOTBI Cep/IeYHO MBIIIIIbI, HAIIPUMEP IPY KOMIICHCATOPHOI TMIepTPOPIUM MIO-
Kapa (4acTMyHasA IepeBsA3Ka aopThl), TO KommdectBo MMK yBemrumBaeTcs modtn
BziBOC. YBemmuuBaeTcs yicio MMK 1 ipy noBbiieHny GU3MYeCcKIX Harpy30K XUBOT-
HbIX. Ha060poT, IIpy orpaHnyeHN NOABMKHOCTY KMBOTHBIX, HAXOASAIVIXCS B TECHBIX
KaMepax 6oree 4-X MecsA1eB (Kak B KOCMIYeCKOM Kopabrie), Ipy MajieHNM Harpy3Ky Ha
CepIeYHYI0 MBIIIITY, IPOUCXOIUT pe3Koe coKkpameHue uncia MMK.

Ha pucynke 18.21 mpepcrasieHbl BapMaHTbl OpraHM3alyy XOHApUOMa B pas3jind-
HBIX K/IeTKaX. XOHIPMOM MOXKET MUMETb Pa3lINYHyI0 KOMIIO3ULINIO B 3aBUCUMOCTH OT
SHEPreTNYeCKNX IOTpeOHOCTell K/IeTKU. B mpocreitmem (1 damie BCTpedaromieMcs)
ClTy4ae OH MOXKeT OBbITh IPeJCTaBIeH MHOXXECTBOM Pa3pO3HEHHBIX HeOO/IBIINX MUTO-
XOHZIpUIA, (byHKuMOHMpyIOLL[MX HE3aBMCUMO JpPYyT OT Jpyra u cHabxkaomux ATO ne-
6ospIIe yYacTKM LUTOIVIA3MBL. B IpyroM ciy4ae mIMHHBIE U pasBeTB/ICHHBbIE MITO-
XOHIPUM MOTYT SHepreTrdecKy obecreunBaTb OTHAJEHHBIE OPYT OT APYyra y4acTKU
KJIeTKM. BapyaHTOM TaKoil IPOTSKEHHOI CUCTEMbI MOXeT ObITh XOHJPYOM TUIIA MU-
TOXOHAPMNATbHOTO PETUKY/IYyMa, KOTOpriI BCTpE€YaCTCA KaK Yy OJHOK/IE€TOYHBIX, TaK 'Y
MHOTOK/IETOYHBIX OpraHu3MoB. OCOOEHHO C/IOXHO 3TOT BUJ XOH[PMOMA BBIPa)KEH B
CKEJIETHBIX MBIIIIaX M/IEKONUTAOIINX, I7ie TPYIIIbI TUTAaHTCKUX Pa3BeTBIEHHBIX MUTO-
XOHZIPUIL CBA3aHbI YT C ApyroM ¢ nomoinsio MMK. Boob6uie »xe nammure MMK xa-
PaKTepHO I XOHJPUOMOB COKPAaTUMBIX CTPYKTYp. OcobenHo obunsHo MMK mnpen-
CTaBJIeHBbI B K/IETKAX CepIeYHbIX MBIIIII, I7ie OHM (PYHKI[MOHA/IBHO CBA3BIBAIOT MHOXE-
CTBEHHbIE OT/Ie/IbHbIe MUTOXOH/IPUY B €IMHYIO0 Pa3BETB/IEHHYIO LIEIIb.



Yactb V
OMOPHO-ABUTATEJ/IbHAA CUCTEMA
(LUTOCKENET) KNETKIU

B mpeppipymmx rmaBax y>ke MHOTO M 9aCTO TOBOPMJIOCH O [JBIVDKEHMI: ABYDKYTCSA
XPOMOCOMBI K TIOJIFOCAM K/IETKM BO BpeMsI MUTO3a, IepeMelaloTCsl BaKyoyy KIeTod-
HBIX OpTaHeI, MBVDKETCS KIeTOYHAs MOBEPXHOCTh. boree TOTo, OTHeNnbHbIE KIETKU
(cBOOOIHOXUBYIIVE OHOK/IETOYHbIE OPIaHU3MBI WM CllenypudecKyie TUIBI KJIETOK
B MHOTOKJ/IETOYHBIX )XMBOTHBIX OpPraHM3Max) 0O/MafaloT CIIOCOOHOCTBIO aKTUBHO IIe-
peMeniaTbcs, Mon3aTh. HeKOTOpble KIIeTKM MMEIOT CIelaT3MpOBaHHbIe CTPYKTYPHI,
PECHUYKY WV XKTYTUKY, KOTOPbIe TI03BOJIAIOT MM MM CAaMBIM IlepeMelaThCs, VIV Iie-
peMelIaTh OKPY>KAIOLIYI0 X XMAKOCTb. HakoHel], y MHOTOK/IETOUHBIX )KMBOTHBIX Op-
raHM3MOB eCTh CIIelIaTN3MPOBAHHbIE KJIETKI, MbIIIeYHast paboTa KOTOPBIX IO3BOJISIET
IPOV3BOANTD Pa3/MyHble NBVDKEHUs OPTaHOB, OTHENbHBIX €r0 YacTell I BCEro opra-
Hu3Ma. BpIIo HaileHo, YTO B OCHOBE BCEX 9TUX MHOTOUYMCIEHHBIX JIBUTaTebHBIX pe-
aKINIT JIeXaT obIue MOJeKy/IApHble MeXaHN3Mbl. KpoMe Toro, 610 1mokasaHo, 4TO
Ha/4uue Kakux-mM060 IBUTaTeNbHBIX AIIIapaToOB JO/DKHO COYETAThCS M CTPYKTYPHO
CBSI3BIBAThCA C CYILIECTBOBAHMEM OIOPHBIX, KAPKACHBIX WMV CKEIEeTHBIX BHYTpPUKIIE-
TOYHBIX 06paszoBaumit. [10aTOMy MO>KHO TOBOPUTH (OIMCBHIBATH ¥ U3y4aTh) 06 OIOPHO-
IBUTATEIbHONM CUCTEME K/IETOK.

CaMmo MOHATHE O LUTOCKeNIeTe W/IN CKeJIeTHBIX KOMIIOHEHTaX [IUTOIIa3Mbl Pa3HBIX
KeToK 66110 BpickazaHo H.K. KonmbIioBbIM, BBIJAIONMMCS PYCCKMM IIITOJIOTOM ellle B
Havaje XX Beka. K coxxanennto, oHu 6111 3a0BITHI ¥ TONIBKO YoKe B KOHIIe 50-X FOfi0B ¢
HOMOII[BIO 97IEKTPOHHOTO MUKPOCKOIIA 3Ta CKeJIeTHAs CUCTeMa ObIIO TIEPeOTKPHITA.

[IuTOoCKe/eTHbIe KOMIIOHEHTBI NTPeCTaB/IeHbl HUTEBUHBIMM, HEBETBAILIMMIUCS Oer-
KOBBIMU KOMIUTEKCaMut 1 prmaMeHTaMu (TOHKUMY HUTSIMMA).

Cy11ecTBYIOT TPU CUCTEMBI (PUTaMEHTOB, Pa3INYAONINXCA KaK 10 XUMIYECKOMY CO-
CTaBY, TakK 1 110 CBOEIl YIBTPACTPYKTYpe, TaK 1 MO (YHKLUMOHATBHBIM cBoiicTBaM. Ca-
Mble TOHKJE HUTU — 9TO MUKpodunramernmot; uX [yuaMeTp COCTAB/sAET OKOIO 8 HM U
COCTOSIT OHU B OCHOBHOM 13 Oe/IKa akTuHa. [[pyryio rpynmny HUTYAaThIX CTPYKTYp CO-
CTaBIIAIOT MUKPOmMPYO60uKU, KOTOPBIE IMEIOT JYIaMeTpP 25 HM U COCTOSIT B OCHOBHOM I3
6enka TyOy/IuHa, 1, HAKOHELI, HpoMexcymouHvle punamenmol C [UMETPOM OK0Io 10 HM
(TpOMeEXXYTOYHBII II0 CPAaBHEHMIO C 6 HM 1 25 HM), 00pasylolnecs U3 pasHbIX, HO POi-
CTBeHHBIX OenkoB (puc. 19.1, 19.2).

Bce atn ¢pubpmmIApHBIE CTPYKTYPBI MOTYT Y4aCTBOBATh B Ka4eCTBE COCTABHBIX Ya-
cTell B mporjecce GU3NIECKOro HepeMelieHNs KJIeTOYHbIX KOMIIOHEHTOB MII IaXe Iie-
JIBIX KJIETOK, KpPOMe TOTO OHU )K€ B psifie C/Iy4aeB BBIIOTHAIT CyIy00 KapKacHYIO CKe-
NeTHyI0 ponb. CTeleHb BBIPQXEHHOCT! UX B PasHBIX KIEeTKaX MOXKET OBITb pas/inmd-
HoI1. Tak, HanpuMep, KJIETKY SMNUAEPMICA KOXKU OCOOEHHO 60TaThl IIPOMEXYTOYHBIMIU
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Punc. 19.1. DnekTpoHHaa MmMKpockonua sne-
MEHTOB LUTOCKeneTa:

T — NyyYKn MUKPODUNAMEHTOB; 2 — MUKPOTPY6OY-
Kri; 3 — NpoMeXyToUHble durnameHTbl; 4 — nnas-
maTmyeckan membpaHa; 5 — agpo

dumameHTaM1, MBIIlIeYHbIe KITeTKM — aKTUHO-
BBIMI MUKpOQUIaMeHTaMu, 0COOeHHO MHOTYX
MMKPOTPYOOUEeK B IMTMEHTHBIX K/IeTKaX, MeJIa-
HOLIMTAX, B OTPOCTKAX HePBHBIX K/IETOK ¥ T.1.

O6uyMy CBOICTBAMY 37IEMEHTOB I[UTOCKe-
JIeTa SIBJIIETCSI TO, YTO 9TO Oe/IKOBbIe, HEBETBSI-
mmecst puOPMIISIpHBIE TIOTNMEPbI, HeCTAOM/Ib-
Hble, CIOCOOHbIE K MOIMMePH3ALNN 1 HeTIONN-
Mepusanyn. Takash HeCTaOMIBHOCTD MOXeET
IPUBOAUTD K HEKOTOPHIM BapMaHTaM KJIETOY-
HOJ1 TIOABVDKHOCTY, HAIIPUMEP, K M3MEHEHMIO
dbopmer kreTkn. HekoTopble KOMITOHEHTHI I1Y-
TOCKe/IeTa MPY YYaCTUM CIIELMaIbHBIX [JOIOJI-
HUTE/TbHBIX O€/IKOB MOTYT CTaOVMIN3MPOBATbCS
un 06pa3oBBIBATh CIIOKHBIE (PUOPMIISIPHBIE
aHcaMO/1u, ¥ UTPaTh TONbKO KapPKACHYIO POJIb.
[Ipy B3aMMOpENCTBUU C APYTUMU CIEIajib-
HBIMU OelKaMu-TpaHC/IoKaropamu (Wi Mo-
TOPHBIMY Ge/IKaMy) OHM MOTYT y4acTBOBATb B
PasHOOOPa3HBIX K/IETOYHBIX ABVDKEHVISIX.

[To cBoMM cBOJCTBAM U (YHKIUAM 9e-
MEHTBI LMTOCKeTeTa MOXKHO pasielnTbh Ha
JiBe TPYIIIBL: TOBKO KapKacHble GprOpuis —
IPOMEXYTOYHble (pUIaMeHTBI, ¥ OIOPHO-
JiBUTaTe/IbHbIe, HALIPUMED, aKTUHOBbIE MUKPO-
¢brnaMeHThI, B3aMMOEIICTBYIOINE C APYTVIMM

MOTOPHBIMM Oe/IKaMyi — MMO3MHAMMU, ¥ TYOyIMHOBbIe MUKPOTPYOOUKM, B3ayMOeli-
CTBYIOIIIVIe C MOTOPHBIMM O€IKaMI AVHEVHAMY U KMHe3HAMIL.

[Ipnyem Bo BTOpOIT rpymme GuOpMII nuTocKeneTa (MUKpOPUIAMEHTH U MU-
KPOTPYOOUYKM) MOTYT OCYLIECTBIATHCA [ABa IPUHLIMIINAIBHO Pas3INYHbIX CIIOCOba
ABYDKeHMs. [lepBblil M3 HMX OCHOBAaH Ha CIIOCOOHOCTM OCHOBHOTO 0e/IKa MMKpPO-

Puc. 19.2. Cxema untocKe-
NETHbIX KOMMOHEHTOB KJle-
TOK:

1 — MuKpodunameHTbl; 2 —
MUKPOTPY6OUKM; 3 — npome-
XYTOUHble dunameHTol; 4 —
nnasmaTmyeckas MembpaHa;
5 —Aappo; 6 — muToxoHLpUK;
7 — pubocombl



255

¢uIaMeHTOB — aKTMHA M OCHOBHOTO Oenka MUKPOTPyb6OoueK — TyOyIMHA K IOIN-
Mepu3aluu U JeroNMMepU3aLiii, YTO MOXKET IIPK CBSI3U 9TUX OEIKOB C ITa3MaTuyde-
CKOJI MeMOpaHOIl BBI3BIBATb ee MOp(doIornyeckre u3MeHeHNs B Bufie 00pasoBaHms
BBIPOCTOB (IICEBJONIOANIT M JIaMe/UIOIIOAMIT) Ha Kpaio KieTku. [IceBmomopmm u TOH-
Kue BBIPOCTHI (PUIOMOANI) MOTYT WM BTATUBATHCS OOPAaTHO B KIETKY, WU 3aKpe-
IUIATBCS Ha MIOBEPXHOCTY KJIETKM U 3aTeM y4acTBOBATb B IepeMelleHNI KIeTKY II0
cybcTparty.

ITpu gpyrom criocobe nepenByokeHMs prOpIIbI akTUHA (MUKPOQUITaMEHTBI) NN
TyOynuHa (MUKPOTPYOOUKI) SIB/IAIOTCS HAMPAB/IAONIIVIMYU CTPYKTYPaMI, 10 KOTOPbIM
HepeMelaloTCs CIelyanbHble TOABIDKHbIE OeKu-MoTophl. [TocmenHme MOTYT CBA3bI-
BaTbCsA ¢ MeMOpaHHBIMM MM PUOPU/ULAPHBIMY KOMIIOHEHTAMM KJIETKY U TeM CaMBbIM
y4acTBOBATh B UX HepPeMEL[eHNU.



naBa 19

[pomexyTouHble pnnameHTbI

ITpomexxyTounble ¢punamenTsl (I1D) crposarcs ns ¢pubpuiapabx MoHOMepoB. ITo-
3TOMY OCHOBHas KOHCTPYKLUA IIPOMEXYTOUYHBIX (DM/IAMEHTOB HAIIOMJMHAeT KaHaT,
MMeIoLINIT TOMINHY 0K0/Io 8—10 HM. OHM TOKaIN3YIOTCS I/IABHBIM 00pasoM B OKOJIO-
AJEPHOIT 30HE U B ITy4Kax GUOPM/UI, OTXOAAIIMX K Iepudepun KJIeTOK U paclofiara-
IOLIVXCA TIOJ IIa3MaTnydeckoil MeMbpaHnoi (puc. 19.3, 19.4). Bcrpeuarorcsa nmpoMexy-
TOYHBIe (PMIAMEHTBI BO BCEX TUIIAX KJIETOK KVBOTHBIX, HO OCOOEHHO OOV/IbHBI B TeX,
KOTOpbIe TTOfiBep>KeHbl MeXaHIYEeCKIM BO3/e/ICTBIUAM: KIeTKI 3MNUAePMICA, HEPBHbIE
OTPOCTKY, IIAJIKVe  VICYePYEHHBIE MbIIICYHbIe K/IeTKIL.

B cocTaB mpoMe)XyTOYHBIX (PM/IAMEHTOB BXOAUT OOJIbIIas TPyIIa 1300€/1KoB, Pof-
CTBEHHBIX 0€/IKOB, KOTOPYIO MO>KHO Pasfie/INTh Ha YeThIpe TuIa. [lepBblit — Kepamunuvt,
KVC/IbIe VI HeTPpaJIbHble, BCTPEYAIOLINecs B SINUTeMMNANIbHbIX KJIETKaX; OHU 00pasyloT
reTepOIO/NIMMepPbI U3 9TUX ABYX MOATUIIOB. KepaTuHbl, KpoMe TOT0, MIMEIOT HEKOTOPYIO
reTepOreHHOCTD, 3aBUCAIIYIO OT TKAHEBOTO MCTOYHMKA. TaK, B SINTEMMAX BCTPEYaeTCs
10 20 popm kepaTnHOB, 10 GOpM APYrMX KEPaTMHOB HalJIEHO B BOTIOCAX 1 HOI'TAX. Mo-
JIEKY/IAPHBIN Bec KepaTUHOB KoyebmeTcs ot 40 1o 70 Thic.

Bropoit tun 6enkos I1® Bxmoyaer B cebs Tpu BuAa 0€IKOB, UMEIONIVX CXOMHBIN
MOJIEKY/IAPHBIN Bec (45-53 ThIC.). DTO 8UMEHMUH, XapaKTEPHDIN /I KIETOK Me3eH-
XVMMHOTO TIPOVCXOXK/IEHN A, BXOAAIINI B COCTAaB IIMTOCKe/IeTa K/IeTOK COeNMHUTENTbHON
TKaHW, 9HJO0TE/NNsA, KJIeTOK KpOoBU. [JecMun — XapaKTepeH /i1 MbIIIEYHbIX KJIeTOK, KaK
IJIQJIKVX, TaK ¥ MicdepYeHHbIX. [ruanvhoiii GuOpuniapHblil 6es10k BXoguT B cocTas [1P
HEKOTOPBIX K/IETOK HePBHOII I/INY — B aCTPOLIUTHI M HeKOTOpbIe IIIBaHHOBCKIE KITeTKIL.
ITepugpepun — BXORUT B cOCTaB HeprdeprIecKIX Y IIeHTPaIbHbIX HEIIPOHOB.

Puc. 19.3. ®nbpobnact B KynbType TKaHW, npome-  Puc. 19.4. PacnonoxeHvie NpomexyTouHblx ¢una-
XKYTOYHble GUIAMeHTbI, OKpaLleHHble Gpryopecyn-  MEHTOB KepaTuHa B KneTkax Snutenis
PYIOLWYMUA QHTUTENAMU K BUMEHTUHY: fl — Afpo



[nasa 19. [pomexymoyHsie punameHmol

Tpetunit Tun — OGenku Hetipodunamenimos
(mor. Bec oT 60 mo 130 TbIC.) BCTpeyaeTcs B ak-
COHAaX HEPBHBIX K/IETOK.

/1 HakoHel, 4eTBEePTHIl TUIl — OenKu sA0ep-
HO1l Tamunbl. XOTS 3T NIOCTIEJHYE IMEIOT Afep-
HYIO JIOKQ/IN3AIIMIO0, OHM CXOJHBI [I0 CTPOEHNUIO
¥ CBOJICTBAM CO BCeMU OeIKaMy IIPOMEXYTOU-
HBIX (pMTTaMEHTOB.

Kak y>xe roBOpniocs, IpoMexyTouHsle G-
JTaMEeHTBI IOCTPOEHBI 13 GUOPMIIAPHBIX 6e-
KOB Haropo6ue kaHara. [Ipy 9TOM HeKOTOpbIe
6eky MOTyT 00pa30OBBIBATbh COIONIMMEPHI, Ha-
IpyMep BUMEHTVH C JeCMITHOM, VIV BUMEHTUH
C I/IMa/IbHBIMU Oe/IKaMu.

Bce 6enkyu mpOMEXYTOYHBIX (1IaMEHTOB
00671alal0T CXO{HOM aMUHOKVIC/TOTHO TIOCTIE0-
BaTeNbHOCTHIO U3 130 0CTATKOB B LIeHTPaIbHO
qacTyt GUOPMIISIPHON MOJIEKY/IBI, KOTOpas 00-
MafjaeT a-CnmpanbHbIM cTpoeHneM. KoHieBsie
JKe YIaCTKM MOJIEKY/I MMEIOT pasHble IOCTIe0-
BaTeJIbHOCTY aMUHOKIC/IOT, PasHYIO JIMHY, U

Puc. 19.5. Monumepmsauuna 6enkos 1 cTpoe-
He MIMEIOT A-CIIMPabHOro cTpoennd. Hammune 0 MPOMEXYTOUHbIX PUNAMEHTOB:

HpOTH)KeHHbIX (X—CHI/[pa}IbeIX Y‘IaCTKOB I10- 1 — otgenbHas Monekyna; 2 — Avmep; 3 —
3BOJISIET IBYM MOJIEKY/IaM 0OPa30BbIBATb [JBOJI-  TeTpamep-NpoTodunamenT; 4-5 — nonumepusa-

una npotodunameHToB; 6 — CHOPMUPOBAHHBDIN

HYIO cypainb, HO]_IO6HO TOMY, 4YTO IIpUBOAUT K .
MPOMEXYTOUHbI GUAaMeHT

006pa3oBaHMIO NA/JIOYKOBMIHOTO AMMEpaA, -
HOIT oKormo 48 uM. [IBa muMmepa, 0O beUHSSICH
60K 0 60K, 06pa3yI0T KOPOTKMIT TPOTO(DIUIAMEHT, TeTpaMep, TOIIIHOI 0Ko/to 3 HM. Ta-
K11e IIPOTO(VITAMEHTHI MOTYT 0O BEANHATLCA B 007Iee TOTICThIE M IITHHbIE GUOPUIIBI I
B KOHEYHOM JTOT€e B IIPOMEXYTOUHBIN IIOTHBIN (IUIAMEHT, COCTOSIIINIT 13 8 IIPOJO/Ib-
HBIX TpoToduramMeHToB (puc. 19.5).

VHave momMMepusyIoTcs OeIKY A/iepHOIL TaMIHBL: OHY 00pas3yIoT AVIMepBI C TOTI0B-
KaMJ Ha OffHOM KOHIIe U IHOIMMEepPU3YIOTCA, 00pasylo PBIXIYVIO NMPSAMOYTOTbHYIO pe-
meTKy. Takme c/10M MaMUHBI OBICTPO PaspyLIAIOTCS BO BpeMs MuTo3a mpu gocdopu-
JIMPOBAHNM IAMJHOB.

[IuTomnmasMaTn4ecKue IpOMeXXyTOUHbIe (PITaMEHTBbI OTHOCATCA K CAMBIM CTaOW/Ib-
HBIM ¥ JONTOXUBYIIVM 3/IeMeHTaM LuTocKeneTa. I1d ycToiumBel K IeMICTBUIO COMEN
HVI3KOJI ¥ BBICOKOJI KOHI[EHTPALIMY, Pa3pyIIAIOTCs TOMBKO IIOC/Ie BO3/IEICTBYA JIeHATY-
PUPYIOLINX PaCTBOPOB, TAKMX KaK MOYEBIHA.

Tomorpaduueckn B K/IeTKe paclonoXeHNe IPOMEXYTOYHbIX (pUIaMeHTOB MOBTO-
psieT pacronoKeHre MUKPOTPYOoUeK, OHM Kak Obl uAyT 60K 0 60k. IIpu paspyuennn
MUKPOTPYOOUYeK KOMXUIIVHOM, IPOMCXOAUT T.H. KOJAIIC IIPOMEXYTOYHBIX (yIaMeH-
TOB: OHU COOMPAIOTCS B IUIOTHBIE ITYYKM VIV KOJIbILIa BOKPYT sAApa. BoccTanoBneHne
HOBOJI CeT! MPOMEXYTOYHBIX (PMTAMEHTOB HaYMHAETCA OT 30HBI KJIETOYHOTO L[eHTPA.
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9TO HABOAUT Ha MBIC/Ib, YTO IIEHTPOM VX ITO/IVIMEPU3ALIVY VIIY HYK/Iealyi MOTYT OBITh
LIeHTPBI, 00IIMe ¢ MUKPOTPYOOUKaMIL.

Takas cTpykTypa 1 XuMmndecKas yCTOMNIMBOCTD IPOMEXYTOYHBIX (PM/ITAMEHTOB OIIpe-
HensieT ¥ UX PU3NYECKyI0 YCTOIMBOCTb. OHM C/Ty>KaT Kak Obl MCTMHHO OIIOPHO CH-
CTeMOI1 B KJIeTKaX, IOfIBePralOLIVXCs 3HAYNTE/IbHBIM (pr3ndecKuM Harpyskam. B kiet-
KaX KO)KHOTO SMNIepMICa IIPOMEXYTOUYHble (DMIaMEHThI 00pasyIoT IMyukn (TOHO(M-
JTAMEHTBHI), CBA3aHHbIE C IECMOCOMAMH, ¥ CO3/IAIOT XKECTKYI0 BHYTPUKIETOYHYIO CETb.
Tax, B HEpBHBIX aKCOHAX, IPOCTUPAIOIIMXCS HAa MHOTYIE eCSTKY CAaHTUMETPOB, [1P mnmm
Hellpo(uIaMeHTBI CO3/IAI0T KECTKYI0 OCHOBY, 00eCIeYBAOI[YI0 TMOKOCTD U L[eJIOCT-
HOCTb TOHKMX LIMTOIUIa3MAaTHYECKNX OTPOCTKOB HEPBHBIX KIETOK. B momepedHo mc-
YepUYEHHBIX MBIIIEYHBIX KIeTKAX /JeCMIHOBBIE (PM/TaMEeHTbI BXOZAT B COCTAB Z-/JVICKOB I
CBSI3BIBAIOT VX JIPYT C APYTOM KaK B COCTaBe CapKOMepa, TaK 11 B COCeHNX MUOPUOpMII-
JIaX, a TAKKe C IJIa3MaTIYeCKOil MeMOpaHOIL.

B oT/mrame oT KepaTMHOB ¥ IPYTUX IMTOIIIA3MAaTUIECKNX IIPOMEXYTOUHBIX (uia-
MEHTOB JIAMVHBI S[IPBI [IEIIO/IMIMEPU3YIOTCS IIPY TIepexofie KIeTKM K MUTO3Y 3a CYeT
dbochopunupopanms sTux 6€MKOB.

ITpu myTanuax kepatuHos K4 n K14 y MbIleli BO3HUKAeT OpaXkeHMe KOXKM, HAIIO-
MMHaIOIIee y3bIPYATKY Y YenoBeKa. I1py 9ToM He IPOMCXOAUT 0O6pa3oBaHMsA HOPMalb-
HBIX KePAaTMHOBBIX ITYYKOB B 6a3a/IbHBIX K/I€TKaX SIU/IEPMICA, 9TV K/I€TKV CTAHOBATCS
YYBCTBUTETbHBIMU K IOBPEX/ICHNSM, YTO IIPUBOANT K OT/Ie/IEHVIO CTIOS SNIUIePMIICA OT
nojJIeXxalneil COemHUTE/TbHON TKaH.

CKoIUTeH1e KepaTNHOBBIX (pUMIaMEHTOB 1 HelPOQUIaMEHTOB aCCOLMUPYETCs C He-
KOTOPBIMU BUJJaMIl K/I€TOYHBIX HapyureHuil. Harpumep, Tenbiia Mamiopy Win «anko-
TONIbHBII TMaIH» B BUJIE 903MHOMUIbHBIX K€ TOYHBIX BK/TIOUEHIIT B TIEYeHN SIBISEeTCS
XapaKTepHBbIM IIPM3HAKOM aJIKOTO/IbHBIX 3a0o0eBanumit. Heitpodmbpunisapusle criere-
HYIS1 B HEVIPOHAX MO3ra Ipu 060j1e3HM AJIbIireiiMepa COCTOST 13 O€/IKOB, aCCOLMIPOBAH-
HBIX C MUKPOTPYOOUKaMy U HelipoduIaMeHTaMy, 4YTO OTpaXkaeT HapYIIeHUs B IIUTO-
CKeJleTe HelIPOHOB.



MukpodunameHTbl

1. 061wMe cBONCTBa MUKPOPUNAMEHTOB

Muxkpodunamentsl (M®) BcTpedaroTcs BO BceX K/IeTKax 9yKapuoT. Oco6eHHO OHM
OOM/IbHBI B MbILIIEYHBIX BOJIOKHAX 1 BHICOKOCIIEIIVA/TN3VPOBAHHBIX KJIETKAX, BBIIOHAIO-
X QyHKIMM coKpaitenns M. Mukpodunamentst (M®) BXOAAT TakKe B COCTAB
CIIeNMa/IbHBIX K/IETOYHBIX KOMIIOHEHTOB, TAaKIX KaK MMKPOBOPCUHKH, JICHTOYHbIE CO-
eVMHEHVS STNUTENMNAIbHBIX K/IETOK, B COCTAB CTEPEOLMINIT YyBCTBUTENbHBIX KIETOK.
M® 06pasyroT Iy4Ky B IUTOIIa3Me MOABVKHBIX KJIETOK )KMBOTHBIX, ¥ 00PasyIoT CI0i
TOfT, TUTA3MaTUYeCKOl MeMOPaHoit — KOPTUKaIbHBIT cnoit (puc. 20.1).

OCHOBHBIM 0€/TKOM MUKPO(IIAMEHTOB ABJIAETCSA AKTVUH. AKMUH — HEOJHOPOIHBII
0e/10K, B pa3/IMYHBIX K/IETKaX MOTYT OBITh Pa3Hble IO BapUAHTbI MIN N30(POPMBI, KaXK-
Jias M3 KOTOPBIX KOAMPYETCS CBOMM I'eHOM. Tak, y MJIEKONIUTAOMINX eCTh 6 pasINyHbIX
aKTVMHOB: OfJIH B CKe/IETHBIX MBIIIIAX, OfIVH B CEp/ieYHOI MBIIIIIIE, 1BA TUIIA — B ITIaJI-
KVX MbIIIIAX (O[1H U3 HUX B COCYZaX), ¥ /1Ba, HEMbILIEYHBIX, LIUTOIIA3MaTUYECKIUX aK-
TVHA, ABJIAIONINXCSA YHUBEPCAIbHBIM KOMIIOHEHTOM JII0OBIX KJIETOK M/ICKONMTAIOIIVX.
Bce atn n3odopMbl aKTHHA OYeHb CXOAHBI IO AMMHOKUCTOTHBIM ITOC/IENOBATE/TbHO-
CTAM, BapUAaHTHBIMU B HUX SIBJIAIOTCS KOHIIEBBIE YYACTKM, KOTOPBIE OIpEJe/IsAIoT CKO-
POCTb IONMMEpPU3ALUY, HO He BIVAIOT Ha COKpalljeHne. Takoe CXOCTBO aKTMHOB, He-
CMOTpA Ha HEKOTOPbIE OT/INYNA, OLPee/AeT UX o0lye CBOVICTBA. AKTVH MIMeeT MOJie-
KY/ISIPHBII BeC OKO/IO 42 ThIC. ¥ B MOHOMEpPHOIT popMe nMeeT Buf, r100ynsl (G-akTuH),
copeprkateit B ceoeM coctase Mornekymy AT®. Ilpu ero nonmumepnsaunm obpasyercs
ToHKasA ¢pubpwia (F-akTuH) TomuyHoI 8 HM, IpeAcTaB/AnIas co60i MOMIOTYIO0 CIIU-
pampHy0 neHty (puc. 20.2). AxTm-
HOBBIE MMKPO(DWM/IAMEHTHI MOMSPHBI
no csoum cpoiictBaM. IIpu pocra-
TOYHON KOHIleHTpanuy G-aKTVH Ha-
YMHAaeT CaMOIIPOM3BOJIBHO  IIOJIN-
MepusoBarbca. Ilpm  Takom cCIIOH-
TaHHOJ IIO/IMMEepU3aLUy aKTMHA Ha
obpasoBaBILeiicsi HUTU MUKpodu-
JIaMeHTa Of[VIH U3 ee KOHIIOB OBICTPO
cBasbiBaeTcs ¢ G-akTuHOM (+)- KO-
Hel] MUKpoQuIaMeHTa) M II09TOMY
pacTeT OBICTpee, 4YeM IpPOTUBOIIO-
noXHbI (-)-KoHen). Ecnmm KoHIleH-
. Tpanua G-akTuHa OyfeT HeloCTaTo4-
Puc. 20.1. MukpodunameHTbl B 30He namennoniasmsl  HOIL, TO 06pa3oBaBimecs GpuOpuIbl
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Puc. 20.2. MNonapu3oBaH-
Hbli POCT aKTUHOBOTO Pu-
flaMeHTa 1meeT 60oMbLUyH
CKOPOCTb Ha (+) KoHLe:

] — aKTUHOBBI MOHOMep

F-akTrHa HaumHaioT pasbuparbcsa. B pacTBo-
pax, cofepKaluxX T.H. KPUTUYECKYI0 KOHI[eH-
Tpaumio G-akTyHa, OyfieT YCTaHaBIMBATbCA V-
HaMM4ecKoe paBHOBeCUe MEX[Y IOIuMepusa-
Lueil ¥ JeNoNuMepu3alell, B pe3yabTraTe 4ero
¢ubpwra F-aktuHa O6ymeT MMeTb HOCTOSHHYIO
pay (puc. 20.3). VI3 aToro cmepyet, 4TO aKTH-
HOBBIE MUKPO(DUIAMEHTbI IIPEACTABIIAIOT o001
OYeHb JVHAMUYHBIE CTPYKTYPBI, KOTOpBIE MO-
TyT BO3HMKATb U PAaCTU MU )K€, HA00OPOT, pas-
OuparbCcs M 1MCYe3aTb B 3aBUCUMOCTM OT HajIM-
4ys Io0ysApHOro aktuHa. Ha pacryiiem KoHIje
HUTYU aKTMHA BCTPAMBAIOTCS MOHOMEPHI, COfiep-
Kamye ATO. Ilo Mepe HapacTaHus IOIMMepa

(G-aKTWH); 2 — aKTUHOBbIN

npoucxoput rupponus AT®, 1 MoHOMepHI OCTa-
) dunameHT (F-akTnH)

1oTcs cBsisaHHBIMM ¢ AJI®. Monekynbl akTuHa,
cpasanHble ¢ AT®, npoyHee B3aMMOJENICTBYIOT
IPYT C OPYTOM, 4eM MOHOMEDHI, CBsA3aHHbIe ¢ AJ]D.

B xreTkax Takas, Ka3ajnoch Obl, HeycTouMBas GUOPMIISIpHAs CUCTeMa, CTabuIu-
3MpyeTcst Maccoi criennpuiecknx 6enkos, acconuupyomux ¢ F-aktunom. Tak, 6emok
mMponomMuo3uH, B3aIMOIEIICTBYS C MUKpOQIWIAMEHTaMI, IPUAAET UM HeOOXONUMYIO
XKecTKoCTb. Llenblit psy 6enkoB, HapuMep Puramun U K-aKkmuHux o6pasyIoT HoIle-
pedHbIe CKPeIKM MeX/y HUTAMM F-aKTuHa, 4TO IPUBOAUT K 0Opa30BaHMUIO CTIOKHOI
TPeXMEpHOII CeTy, IpualolIeli releobpasHoe COCTOsAHNE UTOIIIa3Me. [lpyrue gomo-
HUTe/IbHbIe O€/IKM MOTYT CBA3BIBATb (PMIaMeHTHI B Iyuku (Pumbpun) n 1.1. Kpome Toro,
CYILIECTBYIOT O@/IKM, B3aMMOJEIICTBYIOMIME C KOHI[AMU MUKPO(DIIAMEHTOB U IIPENOT-
Bpalias ux pasbopky, crabummsupyior ux. BsaumoneiictBue F-akTiHa co Bceil 3TOM
TPYIIIOi O€/IKOB PEryImMpyeT arperaTHoe COCTOSHNE MUKPO(UIAMEHTOB, UX PBIX/IOe
WY HA00OPOT TEeCHOE PACIIONOXeHMe, CBA3b UX C ApyruMu koMnoHeHTamu. Ocobyio
POJIb TIPY B3aMMOJIEVICTBUY C aKTH-
HOM UTpalT OeNKM MU03UH06020
muna, KOTopble 00pa3ylT BMecTe
C aKTMHOM KOMIUIEKC, CIIOCOOHBII
K COKpAIIleHNIO TIPY paclileT/IeHnn
ATO® (cm. HiKE).

Taxum o6pazom, M® npencras-
0T cob60it GuOpUUIBl ONMMNMe-
PM30BAaHHOTO aKTVHA, CBA3aHHOTO
C MHOIMMU [pyruMm Oenkamu.
B mpmunume MukpodumaMeHTHI
BO BCeX HEMBIIIEYHBIX K/IeTKaxX
MOTYT OCYIIECTBJIATh IO KpalHen
Mepe ABa psAfa GYHKIWIL: ObITD Ya-
CTBIO COKPATHUTEIBHOTO aIIlapara,

? Jenonume- Monumepusaums

pu3sauun

CkopocTb pocTa
AKTMHOBbBIX GPUAMEHTOB

Kputnyeckasn
KOHLIeHTpauua

KoH LeHTpaunA MOHOMEPOB aKTUHa

Puc. 20.3. CKopocCTb poCTa aKTUHOBbIX MUKPOGUIaMEHTOB
Npwv PasnMyYHbIX KOHLEHTPALMAX CBOOOAHOMO akTMHa
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B3aUMOJENCTBYI C MOTOp-
HbIMI OemKaMy (MUO3VH), VTN
y4acTBOBATh B GOPMUPOBAHUN
CKE/IeTHBIX CTPYKTYP, CIIOCO06-
HBIX K COOCTBEHHOMY MBIDKe-
HUIO 32 CYET MPOL[ECCOB MO~
Mepusauuy U IenonuMepusa-
M aKTUHA.

Oco6eHHO MHOTO CBEJEHIT
O LINTOCKeTeTe M O MUKPOU-
JTaMeHTax IO/Ny4eHO TPy U3Y-
yeHUM (uOpO6IACTOB B KyIb-
Type TKaHM, OOJIafjarolux
CIIOCOOHOCTBI0O K  ameboupg-  ¢ubpobnacra:

Puc. 20.4. MukpodunameHTbl NONAPU3OBAHHOIO ABMXKYLLETOCA

HOMY ABIDKEHMIO. OTU KIeTKU 1 — famMensionoaum ABUKYLErocA Kpas; 2 — CeTb aKTUHOBbIX GunameH-
He MMEIOT OTBEeTCTBEHHBIX 3a  TOB NlaMensibi; 3 — Myuku MUKPOOUNAaMeHTOB; 4 — MUKPOGUnaMeHTbI

IBVDKEHUE IOCTOSHHBIX (1-
OPWUIAPHBIX CTPYKTYp, MUX

KOPTUKanbHOro cnos; 5 — CbOKaJ'IbeM KOHTaKT

GUOPUIAPHBIIL allIapaT BCe BpeMs HAXOAMTCS B peOpraHm3aluu: 4acTb Guopuuiip-

HBIX 57IEMEHTOB pa3OupaeTcsi B OFHMX yIaCTKaX KIeTKY ¥ HOBOOOPa3yeTcsi B APYTHX.
OO6BIYHO MOI3YLINII ITO TIOBEPXHOCTHU cybcTpaTa pubpo6/IacT MoNsIpusoBaH: y Hero

eCTb JOBIDKYIIMIICSA KOHeLl M «XBOCTOBON» otmen (puc. 20.4, 20.5). Ha gBinkymemcs

KOHIIe, KOTOpPbI/I 4acTo 6ojiee paclacTaH II0
cybcTpaTy, 4eM OOKOBBIE ¥ XBOCTOBBIE YYaCTKI
¢ubpobIacTa, MOCTOSHHO BO3HUKAIT U yOU-
pAIOTCA TOHKME HUTEBVJHbIE VIV IUIACTUHYA-
Thle BBIPOCTBl — JIAMENION00uUY. IT0O — Bey-
Ui Kpayl KJIeTKM (JlaMesUIoIiasmMa), KOTOPBIit
u obecrieunBaet aBIDKeHMe ¢ubpobIacTa Bile-
pen. B rakom aBwokymemcs ¢pubpobdracte ¢ mo-
MOII[BI0 AHTUTET MOXXHO y3HaTh MeCTa PacIo-
noxennst akTvHa. OH OyHeT paclpenesTbCs
II0 TPeM OCHOBHBIM YacTSAM KJIETK!: OH B BUJiE
TOHKOTO cr1ost (1) pacmornaraeTcsi 1o BCeMy Ile-
pPUMeTpY KIeTKU IO I/Ia3MaTU4ecKoil MeMbpa-
HOIT. DTO KOPTUKANbHBII (cortex — Kopa) CIIOIL.
OOWIbHO aKTVH BBIAB/IAETCA B BBIPOCTAX LIUTO-
IJIa3MBbl Befylero Kpas kiaetku (2) u (3) B myu-
KaX aKTMHOBBIX (PMIAMEHTOB, OTXOAS;IINX OT Be-
yliero Kpas Briy6nb kinetku (puc. 20.6).
KopTukanbHbII C/1OJ COCTOUT M3 IIOTHO
TPeXMEpPHOI CeTM aKTUHOBBIX (UIaMeHTOB, ac-
COLIMMPOBAHHBIX C T/TA3MATUYECKOI T MeMOPaHOIL.
OH obecreunBaeT MEXaHNYECKYIO YCTONYMBOCTD

Puc. 20.5. Mukpodotorpadusa nonapu-
30BaHHbIX ABMXKYyWMxca GpubpobnactoB B
KynbType TkaHu (doto WU.C. lpuropbesa)
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MOBEPXHOCTHOMY CJIOK0 IIMTOIUIA3MBL M CO3/laeT
YC/IOBUA, TO3BOJISAIONINE K/IETKe M3MEHATb CBOIO
¢dbopmy u mBUTaTHCA. DTOT CIOV IMOCTOAHHO Me-
HSAET CBOE arperaTHoOe COCTOSHMe, Nepexofs U3
COCTOSIHMSI CTPYKTYPUPOBAHHOIO Tl B OKIJ-
K11 3071b. TaKye Iepexofbl re/ib-30/1b CBA3aHbI
C V3MEHEHMAMH B CTPYKType KOPTMKAa/IbHOTO
cnosi. 37ech B acColMannu ¢ aKTUHOBBIMU bu-
JIaMeHTaM! HaxO#ATcs (pUOpWULIpHBbIe OenlKu-
crabumsaropsl (Hampumep, Puaamuu), KOTo-
pble 06pa3yIoT CIIMBKM B MeCTaxX IepecedeHns
(UIaMEHTOB, YTO HPUJAET >KECTKOCTb BCEMY
KOPTUKA/IbHOMY C71010. OJHAKO 3Ta KEeCTKOCTb
MOXKeT OBITH JIETKO CHATA 3a CYET B3aMMOfell-
CTBUA C ApyruMu Oe/lKaMy, TaKVMU KaK 2eb-
3071UH, KOTOpbIe BBI3BIBAIOT (PPAarMEHTALVIIO U
Pa3bOpKy QuIaMeHTOB U TeM PasKIDKAIOT Teflb.
Takas nepecrpoiika HOAMEMOPAHHOTO C/I0SI 0CO-
Puc. 20.6. MonApu3oBaHHbIi ABMXYWNICA  GEHHO BbIpaKeHA B BefyIleM Kpae, YTO II03BO-
$nBPOBNaCcT: KpacHbIM OKpaLleHbl aHTUTENa- et 6BICTPO MEHATH (OPMY €ro TIOBEPXHOCTH,

M K 3KTUHY MAKDOGUIAMEHTb! 1 VX My K, 00pa30BBIBATD JTAME/IIOIIONVN U IBUTAThCA BIIE
3eNleHbIM — MUKPOTPYOOUKM, OKpaLLEeHHbIe p A A

aHTUTENnamun KTy6yJ'|V|Hy: pex. C HPYFOIU/I CTOpPOHBI, CETb AKTMHOBDBIX (1)]/['
1 — namennonna3sma; 2 — aapo (poto N.C. Mpu- JIAaMEHTOB CHOC06Ha K COKpallleHIIo, T.K. B Hell
ropbesa) O6HapY>KeHbI KOPOTKME MIMO3VMHOBbBIE arperarbl.

9TO NPUBOIUT WIN K BTATMBAHUIO JIaMeJ/IOIO-
JUATA VTV Ke K IIOJITAaCKMBAHMIO K/IeTOK BIiepef;. CeTb aKTMHOBBIX (DM/IAMEHTOB B BeAyILieM
Kpae opraHyusoBaHa 0oiee OIpeie/ieHHO, YeM B OCTa/IbHOM KOpTeKce. 37ech OT HeOO/Ib-
HIMX Ha4ya/IbHBIX BBIPOCTOB II/Ta3Ma/IeMMBbl BHYTPb KJIETKU OTXOZAT IYYKM aKTUHOBBIX
(buIaMeHTOB, OKaHYMBAIOLMXCS CBOMMM (+)-KOHIIaMM Ha IUIa3MaTN4ecKoll MeMOpaHe.

Cam mpouecc 06pa3oBaHMs aKTUHOBBIX GMTAMEHTOB 1 VX POCTa B 30HE JIAMEJI/IO-
IJIa3MBbl 3aBUCUT OT Psifia PeryIATOPHbIX 6enkoB. OpyH 13 Hux 6emok WASp/Scar cBs-
3bIBA€TCA C I/Ia3MAaTUYeCKOll MeMOpaHOIL. B ero cocraBe eCTb yYaCTKY, CBA3bIBAIOIIV-
ecsl C aKTMHOM, JIPYTONl CIeI[MaIbHbI OeNKOBbII KOMIUIEKC Arp2/3, KOTOPBIil CBS3BI-
BaeTcs € (—)-KOHL[OM pacTyIIeil el IOMuMepa, MIPEIATCTBYS ero AeIo/IMMePU3aL L.
Taxie clo>KHbIe B3aUMOJIe/ICTBYA IBYX IPYIII PETY/IATOPHBIX 0€/IKOB IPUBOJAT K TOMY,
YTO Ha IPaHMIIE C ITa3MaTIYeCKOI MeMOPaHO IIPONCXOAUT HA/ICTpaNBaHMe PAacTYIINX
¢buraMeHTOB, KOTOPbIe MOTYT MPOrn6aTh MIa3MaTUIECKYI0 MEMOPaHy TaK, YTO BO3HMU-
KaeT TOHKMIT BBIpOCT — ¢utonopus (puc. 20.7).

JHave IpOMCXOANT IONMMMePH3aLA aKTIHA TPY 00 pa3oBaHNM TaMe/UIONIOANIL. 3/iech
TaKKe BEAYIIYIO poib urpaioT 6enku WASp/Scar, KOTopble 3aKpeIUIAITCS Ha I/Ia3MaTH-
4ecKolt MeMOpaHe 11 CBSI3BIBAIOTCS C KOMITTIEKCOM Arp2/3 U IPUKPEIUIAIOT ero K 60KOBOIA
HIOBEPXHOCTH y>Ke TOTOBOJ aKTMHOBOM pubpuisl. Kommnekc Arp2/3 mHuULmpyer mo-
JIMMepU3ALNIO HOBOY aKTHOBOI (pMOPIIIIBL, KOTOpas HAUMHACT PACTH ITOJ, YIIOM OKOJIO
70° IO OTHOILIEHNIO K MEePBUYHON HUTHU AKTMHA M 3aKPEIUIAETCA Ha IIa3MaTU4eCcKON
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Puc. 20.7. O6pa3oBaHue ¢punonoauu: Puc. 20.8. O6pa3oBaHue NamMeNIoNnoann.
1 — nnasmatnyeckas membpaHa; 2 — aKT1HOBbIN O603HaueHA Te xe, 5 — Kanupylowuin 6enok
MuKpodunameHt; 3 — Genok Arp 2/3; 4 — benok

WASp

MeM6OpaHe. Takix HOBBIX O€NKOBBIX Iiellelt BOSHMKaeT HECKONMbKO, ¥ OHM KakK Obl Bee-
POM ITPOCTMPAIOTCA K ITa3MAaTNIeCKOI MeMOpaHe I TO/KAIOT ee BIiepep. Tak o6pasyeTcs
nceBpononys wim nameruionopys (puc. 20.8) 3a cueT HapalVMBaHNs aKTHHOBBIX (1)1/1)121-
MeHTOB Ha (+) KoHI[ax. OTHOBPEMEHHO C 3TUM MPOUCXOUT IemonuMepusarus tex (—)
KOHIIOB (DM/TaMeHTOB, KOTOpPble He 3a06/IOKMPOBaHbl KoMIUTeKcaMu Arp2/3 u moaBepra-
I0TCs1 BO3JIEVICTBUIO 6€/IKOB, CIIOCOOCTBYIOLINX AenomimMepusaryiy M.

TakuM 06pasom, coXHbII Iporecc pocta MO NpUBOAUT K IepeMelieHNI0 B IIPO-
CTPaHCTBe KpadA JABIDKyIelca KneTku. Ilo Mepe BO3SHMKHOBEHMA /TaMeJIIONIOANI MX
I1a3MaTnydeckas MeMOpaHa ¢ MOMOIIBIO 0€/IKOB MHTETPMHOB 00pasyeT ¢ cyOcTpaToM
(hoKanbHbIe KOHTAKTBI, OT KOTOPBIX OTXOASAT ITYYKY aKTUHOBBIX (P1IaMEHTOB, y4aCTBYIO-
1jyie y>ke B pyron (bopMe IIO/IBVDKHOCTH, CBA3AHHOM CO B3aMMOJENICTBUAMI MEXK/TY aK-
TUHOBBIMM (QUTaMEHTaMU I MOTOPHBIMU OeKaMyi-MUO3MHAMIA.

Muo3uHBI SBISIOTCS OFHUM M3 COCTaBHBIX KoMIOHeHTOB M®. OcHoBHas paboTa
10 MepeMeleHNI0 KIETOK WM UX BHYTPEHHMX KOMIIOHEHTOB C nomMoibo M® mpo-
UCXOMINT 3a CYeT PabOThl AKHO-MUOZUHOB020 KOMNTIEKCA, TTIe AKTUHOBbIE DUOPUIIIBI
UTPAIOT POJIb HAMIPABIISIOIINX («PeNTbChl»), a MUO3UHBI — TPAaHCIOKATOPBL. Bech akTo-
MIO3VHOBBIN KOMIUIEKC TIpefcTaBiAeT coboit AT®-asy, n gBIOKeHMe IIPOUCXONUT 32
cuet aHepruy rupponusa ATO.

M1o3uHBI IPefCTABIAIT COO0I CEMEICTBO CXOJHBIX O€/IKOB. Y BCeX U3 HUX eCTh
207106Has (MOTOpHAsA) 4acTb, oTBevaomas 3a AT®-asHyl0 aKTMBHOCTb KOMIUIEKCA,
wieiika, KOTopas CBA3aHA C HECKOJBbKVMI PeTy/IATOPHBIMU O€IKOBBIMU CyObefuHI-
LaMM, I X60CM, XapaKTEePHBII [/ KaXX/IOr0 TUIIA MIO3MHA, ONPEJEIAIIEro Cremu-
¢uuHOCTh PyHKIMM B K1eTKe. CylLecTBYIOT TPY OCHOBHBIX THIIA MYO3MHOB. M1031H
II 1 Mrosun V ABIAIOTCA AUMepaMy, Y KOTOPBIX O-CIIMPAJIbHBIN Y9aCTOK XBOCTa 00-
pasyeT CBepXCIVpPaIbHBII ITaJIOYKOBUIHBIN y4acTOoK. MmosuH I mpencrasisier coboir
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Puc. 20.9. OcHOBHble TWMbl MUO3WHOB:
1 — Mro3uH |; 2 — mnosnH V; 3 — mmosuH I

Puc. 20.10. NocnegoBatenbHOCTA aKTO-MNO3MHOBOTO ABUKEHUS:

a — VICXOAHOE MONOXEHNE: FONI0BKa MMO3VHA CBA3aHa C aKTUHOBbLIM GUAAMEHTOM; 6 —
rO/I0BKA MIO3MHA OTXOAWT OT aKTUHOBOTO $pUaMeHTa; 8 — rofloBKa MUO3MHA CBA3bI-
BAETCA C ApYroii CybbeanHILIe akTIHA; @ — roNoBKa MMO3WHA NEPEXOANUT B UCXOAHOE
MONOXKEHE: NepemelLeHIie akTUHOBOTO GpuiameHTa

MOHOMepHYI0 MoyeKyny (puc. 20.9). [IBe Mmonekynbl MuosnHa II MoryT accounnpoBarb
IPYT C APYToM, 06pasys OUIIONAPHYIO TONCTYI0 GUOPIITY, Y4aCTBYIOLIYIO B MBIIIEYHOM
COKpallleHNM, IPY COKpallleHUI BHY TPUK/IETOUYHbIX Ty4yKoB M® 11 pu ieeHny KJIeTKH.
Mmnosunsl I n V Tuna y4acTByIOT BO B3aMIMOZENCTBMAX MEX/Y 97IeMEHTaMM LIUTOCKe-
neTa ¥ MeMOpaHaMi, HalIpUMep B TPAHCIIOPTE BE3UKYIL.

MexaHn3Mbl pa6OTbI AKTOMMO3MHOBBIX KOMIIZIEKCOB O4Y€Hb CXO[E€H, HE3AaBUCUMO OT
TUITa MIO3VHA: OH HAUMHAETCS CO CBA3Y MUO3MHOBOJ TOJIOBKY C aKTMHOBBIM (prTaMeH-
TOM, ee M3rrbaHyeM M IOCTeAYIOMNM OTKpeIIeHNeM. 3a KaXKAbI LMK/ MIO3VHOBas
rOJIOBKA ITepeMeIaeTCsl B HarpaB/ieHnu (+)-KOHIIa aKTMHOBOTO grlaMeHTa Ha 5-25 HM
npu rupponuse ogHoit Monekynsl AT®. Takum 06pa3soM MPONCXOAUT OHOHAIIPAB/ICH-
HOe CMelljeHue W CKombxeHne M® oTHocuTenbHO MoKyt MuosuHa (puc. 20.10).

2. AKTO-MNO31HOBbIE KOMMJIEKCbI HEMbILLEYHbIX K/1eTOK

AKTO-MIO3MHOBBIE KOMITJIEKCHI YYaCTBYIOT B IBVYKEHIM JTaMeIONIa3MblL. Tak, Mojte-
Ky/Ibl MMO31HA | ObL/IM BBISIB/IEHBI HA BeAYI[eM Kpalo ABVKYIXCsI aMeOHBIX pOpM AMK-
TUOCTEIMYMa, B TO BpeMs Kak Myo3uH 11 tumna o6Hapy>XuBascs B Tele ¥ KOHIIe K/IeTKIL.
Mmnosun I Tuna yyacTByeT B ABVDKEHUN MUKPOBOPCHMHOK SHTEpOLUTOB. MUKpPOBOp-
CUHKU TIpeACTaB/si0T coboit Toukue (0,1 MKM) u mnnHHBIE (OKOMO 1 MKM) BBIPOCTHI,
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TECHO PacCIIONIOKEHHBIE IPYT OKO/IO APYyTra, HAIO-
mobue TyCTOl IeTKM, MOKPHIBAOIEil BCIO MOBEpX-
HOCTb KJIETK!, CMOTPAIIYIO B IIPOCBET KUIIEYHMKA.
Ha xaxpmoil KjeTke KMIIEYHOTO SMUTENNA HACUM-
TBIBAETCA HECKOJIbKO TBICSY MUKPOBOPCUHOK, KO-
TOpbIe YBEIMYMBAIOT BCACHIBAIOIIYI0 IOBEPXHOCTD
B JIECATKMU pa3. BHYTpM KaXmoil MUKPOBOPCUHKMU
pacrosnaraeTcsa IJIOTHBIN y4oK u3 20-30 akTuHO-
BBIX MUKPOQWIAMEHTOB. AKTVHOBbIe HUTY 3aKpe-
IUTeHbl CBOMMM (+)-KOHLIaMU B BepLIVHE MUKPO-
BOPCMHKU. JKecTKOCTb BCero Imydka oIpefensaeTcs
pAnOM 6eHKOB, CBA3DbIBAIOIVIX aKTVH IIOIIEPEIHBIMN
cBsi3Kamu, pumbpurnom u acyunom (puc. 20.11).
HuxHAA 9acTb aKTMHOBOTO ITy4Ka BIUIETEHA B CETh
U3 MOJIEKY/I CIIeKTPUHA, NPYMeMOpaHHOTrO Oeka.
Takas QubpwiiApHas apMarypa felaeT TOHKME
MUKPOBOPCUHKI >KeCTKVMM ¥ IIPOYHBIMI. B 3TOM
MpOSAB/IAETCA KapKacHas, CKeJIeTHasA pPOb MUKPO-
¢wuramenToB. Ho 0ka3anock, 4To B cOCTaBe MUKPO-
BOPCMHOK OOHApY>KMBaeTCsl TAKXKe MMO3UH, OTHO-
CAIMIICA K MUO3MHY I, cofiep>xalieMy TOIbKO OFHY
TOJIOBKY ¥ KOPOTKMII XBOCT, KOTOPBIM OH CBA3aH C
Ta3MaTndeckoit Membpanoii. TonoBku muosnHa I
CBSA3BIBAIOTCS C AKTUMHOBBIMM (PVIAMEHTAMM U MO-
TyT BBI3bIBATh YKOpAuMBaHNe WM yIIMHEHNE MU-
KPOBOPCUHOK I10 IIPYHINITY CKOIb3AIINX HUTEI.
Mmnosun I Taxxe BoB/IeKaeTCs B TPAaHCIOPT Ba-
Kyoneit. Hampumep, B KneTKax Ku-
HIEYHOTO SMUTEMs MUO3NH | cBA3aH
C HEKOTOPBIMM Be3UKYy/IaMI alllapara
Tompmxu. C Be3ukymaMu ammapara
Tonbmxu B KIeTKaxX MO3ra IIO3BOHOY-
HBIX CBSI3aH MMO3VMH V THUIIA.
Haubomee wmmpoko mpencTas-
JIeH B aKTOMMO3JMHOBBIX KOMILIEK-
cax mmosmH II tmma. Tak oH BXO-
ouT B coctaB my4koB M® kak B Be-
myumeM Kpae ¢uOpo61acToB, Tak u
B nyukax M® B rtene xnerkn. Cum-
TaeTCs, YTO COKpAIleHMe ITUX KOM-
IJIEKCOB IPUBOAUT K INOATATMBAHNIO
k1etky Briepep (puc. 20.12). AkTnHO-
BbI€ ITyYKJ B KOMIUIEKCE C MUO3VTHOM

Puc. 20.11. CtpoeHne MUKPOBOPCHHOK:

1 — nnasmartuyeckas membpaHa; 2 — aktu-
HOBble MUKPODUIAMeHTbI; 3 — 6enku, ces-
3blBalolMe akTuH B nyykn (GpumbpuH, dac-
UMH); 4 — amopdHas «lwanouka»; 5 — na-
TepanbHble PyYKn, MUHUMUO3NH; 6 — CreK-
TPVUHOBaA TepMuHanbHaA CeTb; 7 — CJION
NPOMEXYTOUHbIX PUNameHToB

Puc. 20.12. NepemelueHne dprnbpobnacta no cybcTparty:

1 — namennonoauu; 2 — GoKanbHbIi KOHTAKT; 3 — NyYoK mMu-
IT 0cO6eHHO XOPOIIO BBIAB/ISIIOTCS B KpodunameHTos
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Puc. 20.13. Crpecc-¢pubpunnbl ¢pubpo-
6nacta

Puc. 20.14. Ctpecc-¢nbpunnbl, oKpalleH-
Hbl€ aHTUTENAMN K aKTUHY B KIETKe Kyslb-
Typbl TKaHu (poTo bypakosa A.B.)

OCTaHOBUBIIUXCA GUOpobOIaCcTaX, IJe OHM UCION-
HAIOT COBCEM JIPYTYIO0 porb. DTy GUOPUUIAPHbIE
Iy4Ky (OHYM HOCAT Ha3BaHMe HAIIPsYKeHHbBIX HUATE,
U cmpecc-Pubpunn) Toxe CopepKaT BCe KOM-
MTOHEHTHI MBIIIEYHBIX TKaHelt (puc. 20.13, 20.14).
OHM KpemnATcs ¢ MOMOLIbI0 (OKaTbHBIX KOHTAK-
TOB Ha IUIa3MaTUYeCKOil MeMOpaHe ¥ IpyU COKpa-
IIEeHNN X BbI3bIBAKOT BHE KJIETKM HATAXKEHIIE Ha
¢ubpnrax Marpukca (Ko/UIareHOBble BOJIOKHA),
4TO, BEPOATHO, CIIOCOOCTBYET OPMEHTUPOBAHHOI
HO/MMMepY3aluy KOMIIOHEHTOB BHEK/IETOYHOTO
MaTpuKca. ITO [OKa3bIBAeTCsl TeM, 4TO eciu $u-
6po06macTbl OCANTh HA TOHKME TI/IEHOYHbBIE TTOf-
JIOKKM, TO mocie obpasoBanus crpecc-pubpun
IUIEHKa OKOJIO KJIETOK Ha4MHAeT MOPIIUTHCH, CO-
OMPATHCSI B CK/TAIKIL.

Jlpyrue mpuMeps CBsA3M aKTMHOBBIX MUKPOQU-
JTAMEHTOB C IUIa3MaTUYeCcKOll MeMOpaHO! ObUIM
IIpUBENEHDI IIpU OIIMCAHUN KJIETOYHbIX KOHTAK-
TOB, TAKMX KaK aJre3VOHHbIN MOSCOK B K/IeTKaX
KUIIEYHOTO INUTeNNsA U (POKATbHBIN KOHTAKT (U-
O6po6acToB. AAre3MBHBIN MOSICOK KOHTAKTUPYET
C I_U/[pKyHHpHI)IM HY‘IKOM M]/IKpO(bI/UIaMeHTOB, B
cocTaBe KOTOPBIX KpOMe aKTHHA eCTb Y MUO3UHO-
BbIe MO/IeKY/IbL. IIpy akTe COKpalljeHNs STOT LUp-
KY/ISIpHBIN HepudeprdecKuii My40K MOXKEeT CXKI-
Marb KJIETKY, USMEHATH ee PopMy.

Bo BpeMmsi MHUTO3a B HOPMa/IbHbBIX YCTIOBUSX
KJIETKV XXMBOTHBIX Je/ATCA IMyTeM 00pasoBaHNs
HepeTsHKKM WM 60po3fbl jeneHusA. ITO MpOMNC-
XOIMT BC/IEACTBIE TOTO, YTO B JIEJISIIENCS KIeTKe
B ee KOPTUKAaJIbHOM C/I0e 00pasyercs CKOILIe-
HIe MapaJie/UIbHO MAYIINX aKTUHOBBIX GUOpMLI,

Puc. 20.15. Pa3pge-
neHve Tena (yuto-
TOMUSA) KNETKK C Mno-
MOLLbIO KOJbLIEBOro
nyyka Mukpoduna-
MEHTOB (a) 1 6noka-
Aa 3Toro npouecca
C NMOMOLLbIO LIMTOXa-
nasuHa (6)
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006pasyIoIuX [0 I/1a3MajIeMMOJ COKPAaTIMOe KOMbI0. B cocTaB KonmbIla KpoMe aKTuHa
BXOANT Myo3uH Il u apyrue MbliredHble O€IKY; COKpallleHIie KOblla IIPUBOAUT K BO3-
HUKHOBEHMIO TIEPETSHKKYM Ha MCXOJHON K/IeTKe, YTO, B KOHIIe KOHIIOB, IPUBOJUT K [ie-
JIeHMIO KIeTKM Hagsoe (puc. 20.15).

[IuroxamasuH — MHIMOUTOP MOMMEPU3ALNI AKTVHA — BbI3BIBAET [IEIOIIMEPHU3a-
IIM10 AKTUHA B COKPATXMOM KOJIblIe, IUTOTOMUM He IIPOMCXOMUT, U B Pe3y/IbTaTe BO3HN-
KaeT [iBysilepHast KJIeTKa, T.K. IPY 9TOM PACXOXK/EHE XPOMOCOM He HapyIIaeTCsl.

AKTHHOBbBIE MUKpOdUIAMeHbI SBSIOTCS OFHUM U3 JUHAMUYHBIX 37IEMEHTOB I{U-
TOCKeJIeTa, KOTOPBIIT IOfiBEep>KeH OBICTPBIM IepecTpoiikaM, 0COOEHHO B ABVDKYIMXCS
KJIeTKaX.

3. MbiwieyHble KNeTku

CreryanusupoBaHHble MbIIIEYHbIe KJIETKM MHOTOK/IETOYHBIX >KMBOTHBIX OpraHM3-
MOB UMEIOT B [[UTOIIIa3Me COKpaTumbie Gubpumnbl, Muopubpusner. OcobeHHO MHOTO
MUOPUOPUIIT B CKETIETHBIX MBIIIEYHBIX KJIETKaX U KJIeTKaX CePIeYHON MBIIIIIBI, B ITIaf-
KOMBIILIEYHbIX KieTKaX. CKeleTHbIe MBIIIIbI COCTOSAT He M3 OTAENIbHBIX KIETOK, a U3
MBIIIEYHBIX BOJIOKOH, CHMMIIIACTOB, 0OPa30BaBIIMXCS 3a CYET CAMSHUSA MBIIIEYHBIX
KJIeTOK — MMOO/IacTOB. B cKe/leTHOIT 11 cepAieYHOl MyCKyIaType MUuoQpUOpUIIBI UIMEIOT
XapaKTePHYI0 OCOOEHHOCTb — OHM BBIIJIAJAT MCUEPUEHHBIMI VTN IIOIEPeYHOIIONO-
carpIMi (OTCIOZA M Ha3BaHNUe — IIOIEPEYHOII0NI0caTast MbllleyHast Tkaub) (puc. 20.16,
20.17). B cBeTOBOI MUKPOCKOII BUTHO, YTO IIy4KU
MUO(PUOPWII OKPAIINBAIOTCS HEPABHOMEPHO: 4e-
pe3 paBHbIE IIPOMEXXYTKI JINHBI B HUX BUITHO Je-
pefoBaHMe TEMHBIX M CBET/IBIX Y4YacTKOB. TeM-
Hble Y4aCTKM Ha3bIBAIOTCS aHU3OTPOIHBIMU JVIC-
Kamu (A-muckamm), a CBeT/Ible — M3OTPOIIHbIE
(I-gmckm). Cernbit I-muck mepecekaeTcsi moyo-
ckoit Z. Takum o6pasom, muodumbpuina mpen-
cTaBisgeT coO0il HUTD (TOMIMHON 1-2 MKM) C de-
PERYIOIVIMICA YYaCTKAMIL:

A+121+Z+ 121+ A+ 1/21....uT.n.

Oxasanock, 4TO eAMHUIIEN CTPOeHMs U PYHK-
IIVIOHVPOBAHUA ABJIACTCS CAPKOMep — Y4acTOK
MeXJy ABYM: Z-IycKaMu. BemranHa capkoMepos
B paccimabeHHOM COCTOSIHMM BCerfa OIMHAKOBa
(1,8-2,8 MKM B 3aBUCUMOCTM OT BUJA )KMBOTHBIX).
[TogpobHOCTN CTpOeHMS capkoMepa ObUIN IOITy-
YeHbI TOJIBKO IIPY U3YUeHUN MIUOPUOPIILI B S7TeK- - :
TPOHHOM MHUKpocKome. OKasanock, uto muodu- FUC: 20.16. Miodnbpunnbi & kapanomy-
6puia TofipasfienseTcs Ha psan 6omee TOHKUX — ouvax kpoicet:
npoto¢ubpwur. VIx guaMeTp B pasHBIX 4YacTAX € — caprowep; £ —Znorocka; A~ auuso-

TponHblii auck; M — M-nonocka (poto Jlunu-
capKoMepa pasnn4Hblii. B I-guckax BcTpedyaroTca  woii TB)
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Puc. 20.17. CtpoeHne Mropubpunn nonepeyHononocaTon MblLUEUHON TKaHW:

a — CTPOeHne OANHOYHON MUOPUEPUANLI: A — aHU30TPOMHBI AUCK, Z — Z-AUCK;

6 — cxema CTpoeHus capkomepa: A — aKTHOBble (TOHKME) npoTodmbpunnbi; M — MMo31HOBbIe (ToNCTble) NpoToduK-
Opunnbl, Z — [UCK, COREPXKALLNA a—aKTUHNH

TOHKME (OKO/IO 8 HM) HUTY JIMHON OKOJIO 1 MKM, a B A-I1ICKaX KpOMe TOHKMX IPUCYT-
CTBYIOT TOJCTBIe (OKOZIO 16 HM TOJIMHONM) HUTY JyIMHOI Ko 1,5 MkM. Bece atn HuTH,
IpOTOGUOPIIUIBI, PACIIONArAIOTCs IApajIelIbHO APYT APYTY U B APYT pyTa He Iepexo-
mat. Ecnmu paccmarpuBath cTpoeHne capkomepa 6osee ogpoOHO, TO BULHO, YTO BOTIb
Hero pacIloyiaraloTcsl TpY y4acTKa NpoToduOpIIL: TOHKYE, CBsI3aHHbIe ¢ Z-JUCKOM, 3a-
TeM TOJICTbIe U1 CHOBA TOHKIME, CBA3aHHbBIE CO CleRyoIuM Z -guckoM (cM. puc. 20.17).
B 30He A-7UICKOB KpOMe TOJICTBIX (pUOPWIII pacIionaraloTcsi KOHIIbI TOHKUX, MAYIIX
OT [IBYX Z -JIUCKOB.

Beina BbIsICHEeHa XMMUYeCKasl NMPUPOAa BceX KOMIOHeHTOB Muodubpmmr. Oxasa-
JIOCh, UTO TOHKME HUTU COCTOAT B OCHOBHOM M3 0O€/IKa aKTMHa, a TOJICTble — U3 OenKa
muosuHa Il. Z -IucKy UMEIOT B CBOEM COCTaBe O€/I0K a—aKTUHUH U JeCMIUH. B TOoHKuX
HUTSX KPOMe aKTIHA HAXOMATCS O€/IKM TPOIOMMO3UH U TPOIIOHNH.

MmnosuH, BXOJALMIA B COCTAB TOJACTBIX HUTEN, — O4eHb KPYIIHbIN 6emok (MoJ1. Bec
500 TBIC.), COCTOSIINIT U3 LIECTY IieTell: ABYX AJIMHHBIX, CIMPATIbHO 0OBMBAIOIMXCS
OfIHa BOKPYT APYTOII (TsDKeJble 1IN ), U YeThIpeX KOPOTKMX (JIeTKue Liem), KOTOpble
CBSI3BIBAIOTCS C ITIOOY/ISIPHBIMU TOZIOBKaMU JIMHHBIX Leneit. [TocimenHue o6mamaoT
AT®-a3HOII aKTUBHOCTBIO, MOTYT pearnpoBaTh ¢ puOPM/UIIPHBIM aKTMHOM, 00pasys
aAKTOMMO3MHOBBI KOMIUIEKC, CIIOCOOHBIN K COKpaleHnio. TouHa MUO3MHOBBIX Gu-
OpWI CBsA3aHa C TeM, YTO JyIMHHBIe (150 HM) MOJIEKY/IbI MUO3MHA arperupyloT Tak,
4YTO 00pa3yrT My4YKM, B KOTOPbIe BXOAUT OKONO 300 TakMX MOIEKyI. B M1o3MHOBBIX
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Puc. 20.18. Monekyna mu-
03VHa (@) U MWUO3MHOBDIN
npotodunameHt (6)

TONCTBIX (16 HM) pOTOMUOPUIIIAX HIMHHBIE MOJIEKYIIBI JIEXAT «XBOCT K XBOCTY» TaK,
YTO TO/IOBKM MMO3JMHA PAcCIIONIaraloTCsl Ha KOHIAX TAaKMX HUTEN, B CpefHeil UX 4acTu
ronoBok HeT (puc. 20.18). [onoBkM 06pasyioT molepeyHble MOCTUKY, CBA3BIBAIOLINE
MEeXJy c000il aKTMHOBbIE U MIO3UHOBBIE HUTH.

3a cyeT TaKOil CBA3Y IOJIOBOK MUO3MHA C aKTMHOM BO3HMKAIOT aKTOMIO3VMHOBbIE
KOMIIJIEKCBI, aKTVIBHOCTb KOTOPBIX B COTHM pas3 Bblie, yeM AT®-a3Has akTMBHOCTD Off-
HIX MUO3VHOB.

AKTUHOBbIE TPOTOGUOPUIIIBL CBA3AHBI HAa OHOM KOHIIe C Z -AUCKOM, KOTOPBIII CO-
CTOUT M3 IIAIOYKOBUIHBIX, 6]/IHO}IHprIX MOJIEKYI 667[Ka a-aKTMHWMHA, KOTOpr/uI CBA-
3bIBaeT aKTMHOBBIE GUOpWIIBL B Iy4ky. C ABYX CTOPOH K Z-JUCKY NPUKPEIJIAIOTCI
(+)-KOHIIBI aKTMHOBBIX HUTEN COCENHNUX capKoMepoB. OyHKIMA Z-IUCKOB 3aK/II0Ya-
eTCs Kak Obl B CBA3BIBAHMMU COCEJHMX CAPKOMEPOB APYT C APYToM; Z -AUCKA He SBJIA-
I0TCA COKpAaTVMIMbIMI CTPYKTYpPaMIUL.

Toncrele, MMO3MHOBBIE, TPOTO(MIIAMEHTHI TAK)KE CBA3AHBI C Z-AMICKOM: KOHIIBI TOJI-
CTBIX ITPOTO(U/IAMEHTOB TAKXKe 3asAKOPEHBI B Z-IMCKe C IIOMOIIbIO JINHHBIX U THO-
KuX GuOpMIIApHBIX 6€KOB — TUTHHOB. MMO3MHOBBIE HUTU B HOIEPEYHNKE MIUO-
GUOPMIIBI pacronaraloTcsl B TeKCaroHaJIbHOM IIOPSAJKe, TaK, YTO KaXKAas MUO3VMHO-
Basg HUTb OKPY>KaeTCs IIeCTbI0 aKTMHOBbIMU HMTAMU (puc. 20.19). Boobuie rosops,
B MBIIIIle HET COKPAIaloI[UXCs,
YMEHbUIAIOUINX CBOIO JUIMHY MO-
nexyn. CokpalleHne IIpOMCXOAUT
3a CUeT YMEHbILIEHUs PACCTOSHNUA
MEeXJy Z-OUCKaMM, T.e. 3a CYeT
YMEHDBUICHMA [OJIVMHBI CApKOMEPOB
npuMepHO Ha 20%. MexaHu3M Mbl-
IIEYHOTO COKpAIIeHMs 3aK/IIdYa-
eTcsl B KOOIepaTMBHOM YKOpaul-
BaHUM BCEX CapKOMEPOB IO BCell
mmHe Myuo¢ubpwuisl. I. Xakcmm
MIOKa3aJI, YTO B OCHOBE COKpallle-
HIIA JIOKUT TlepeMelljeHrie OTHOCH -
TEeJIbHO JIPYT Jpyra TOHKUX M TOJI-

Puc. 20.19. B3anmHoe pacnonoxeHvie akTuHOBbIX (1) 1 MU1o-
CTbIX HHUTeil. [IpM 3TOM TOJICTBIE  31MHOBLIX (2) MONEKYN B aHU30TPOMHOI 06NACTY CapKOMepa:

MMO3MHOBbIE HUTY KaK ObI BXOOAT  TMM — ronosku mmosmHa



Yacme V. OMOPHO-[BUTATE/IbHAA CUCTEMA (UMTOCKETIET) KJIETKW

Puc. 20.20. Cxema MblWeYHOro co-
KpaLleHrs 3a CYeT B3anMHOro CKOJIb-
XKEHNA HUTEN:

a — paccnabneHune; 6 — COKpalleHue;
1 — TONCTble HUTW (MUO3UH); 2 — TOHKME
HUTK (AKTUH)

Puc. 20.21. Cxema CTPOEHA MMagKOMbILLEYHON KNETKM:

1 — aKTO-MUO3UHOBbIE nyyKkn; 2 — MNOTHble I'IpVIMeM6paHHbIe
n yntonnasmatnyeckme Tenbla

B IIPOCTPAHCTBA ME&XX/Y aKTMHOBBIMIU HUTSAMY, IPUOIIDKAs IPYT K APYTY Z-AUCKM. DTa
MOJIe/Ib CKOMb3AUUX HUMmell MOXeT OOBSACHUTD He TOJIBKO COKpallleHNe TI0NIepeyHOII0-
JIOCATBIX MBIIIL], HO U JIIOOBIX COKPATUMBIX CTPYKTYP (puc. 20.20).

B rmaKux MbIIIEYHBIX KIeTKaX TaK)Ke MMEIOTCS aKTMHOBBIE U MIO3VHOBbIE HUTH,
HO OHU He TaK IPaBU/IbHO PACIIOJIOKEHBI, KaK B MCYePYEHHBIX MBIIIIAX. 3/1eCh HET cap-
KOMEpOB, a Cpefy IyYKOB aKTMHOBBIX IPOTOGUOpMII 6€3 0co60ro nopsifka pacuosna-
Fal0TCsl MMO3MHOBBIE MOJIEKYJIbI, KOTOPbIe He 00Pa3yIoT TOICTBIX arperaTtoB Kak B CIIy-
Jae COMATMYECKMX MBIIII], @ IPEJICTABIIAIT COO0I KOMIUIEKCHI 13 15-20 MIO3MHOBBIX
Morekyrn (puc. 20.21).



MukpoTpy6ouku

1. O6wan xapakTepucTMka MUKpoTpy6ouek

OpnHuM U3 00513aTeNIbHBIX KOMIIOHEHTOB LIUTOCKETIETa 9YKapUOT SB/IAIOTCI MUKPO-
mpy6ouku (puc. 21.1). OT0 HUTYATbIe HEBETBSIMECS CTPYKTYPHI, TOMIMHON 25 HM,
cocrosiiiye 13 6eNKOB-TyOyIMHOB ¥ aCCOLMMPOBAHHBIX ¢ HUMU 6elKoB. TyOymuHbI
MUKpPOTPYOOUeK Ipu MONMMMepu3aLuy 00pasyoT Mo/ble TPYOKH, OTKYAa U MX Ha3Ba-
Hte. [I/IMHA MX MOXeT JOCTUTATh HECKOJIbKMX MKM; CaMble JUTMHHbIE MUKPOTPYOOUKI
BCTPEYAIOTCS B COCTaBe AKCOHEMBI XBOCTOB CIIEPMIEB.

MukpoTpy60uKM BCTPEUYaOTCs B IUTOIIa3Me MHTeP(]a3HBIX KIETOK, Ifje OHU pac-
I0/IaTAI0TCSI TIOOVHOYKE VY HEeOOBIIMMI PBIX/IBIMYU ITYYKaMU, WIN B BUJE IUVIOTHO-
YIIaKOBaHHBIX MUKPOTPYOOUeK B COCTaBe LIEHTPLOJIEH, 6a3a/lbHbIX Te/lell X B PeCHUY-
Kax ¥ KryTrkax. [Tpu iefleHun K1eTok 60/1bIast 4acTb MUKPOTPYOOUeK KIIeTKV BXOINUT
B COCTaB BepeTeHa Jie/eHNsI.

B Mopdornornueckom OTHOLIEHNN MUKPOTPYOOUKIM IIPEACTABIAIOT OO0 /IMHHBIE
HOJIble IVUIMHAPBI C BHEIIHUM AmaMeTpoM 25 HM (puc. 21.2). CreHKa MUKPOTPY6O-
4eK COCTOMUT U3 NOTMMEPU30BAHHBIX MOJIe-
Ky Oenka TybynmmHa. [Ipu nonmumepusanum
MOJIeKY/IbI TyOynuHa 06pasyioT 13 mpomoib-
HBIX IPOTO(UIAMEHTOB, KOTOpbIE CKPYy4M-
BAIOTCS B IONYI0 TPYOKYy (puc. 21.3). Pasmep
MOHOMepa TyOy/IuHa COCTaB/IsAeT OKOMIO 5 HM,
PaBHOTO TOMIIMHE CTEHKV MUKPOTPYOOUKM,
B IIOIIEPEYHOM CEYEHNM KOTOPOI BUIHBI 13
II00Y/IAPHBIX MOJIEKYIL.

Morexyna TyOyniuHa IpenCTaBseT Co-
601t reTepopIMep, COCTOSAIINIT 13 IBYX pas-
HBIX CYObeTHNL], U3 a-myOynuna u B-myo6y-
JIUHA, KOTOPBIE TIPY accolyanyu o6pasyior
COOCTBEHHO 6e/oK TyOymnH, M3HaYaTbHO
nonsApu3oBanHbl. O6e yObeIMHNIIBI MOHO-
Mepa TybynmuHa cBsasanbl ¢ ['T®, ogHako Ha
a-cyopepuunie 'TO Hemogsepraetcsa ruppo-
nu3y, B ormnune ot I'TO nHa f-cyObennuue,
Ifie TIpY IOMMepM3aLuyl IPOUCXOANUT I'M-
apormus I'T® po IIIO. TIpu nomumMepusaiin ey e apmurenamm K TyBynuHy:

MOJIEKY/IBI TyOynuHa OOBERUHAIOTCA TAKUM g _ gao0 KI| — kneTounbiit LeHTp (oTo Bypako-
obpasoM, 4TO ¢ P-cyObesMHMUIENl OFHOTO  BaAB)

Puc. 21.1. MukpoTtpybouku ¢pnbpobnacta, okpa-
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Puc. 21.2. CrpoeHune mu-
KpoTpybouek:

a — T6-cybbeanHnua, au-
mep TybynnHa B cocTaBe
MUKPOTPY6OUKM; 6 — Mu-
KpoTpybouKM B LyTOMNa3-
Me KNeTKm

Puc. 21.3. Cragun camo-
c6opKM MUKPOTPYOOUEK

Oenka accouuupyercs a-CyObeauHMLa caefyomiero 6enka u T.1. ClegoBaTenbHO, OT-
ieTIbHbIe ITPOTO(PMOPI/IIBI BOSHUKAIOT KaK MOJIAPHBIE HUTHU, I COOTBETCTBEHHO BCA
MUKPOTPYOOUKa TOXKe SIB/IAETCA IOJIAPHOI CTPYKTYPOIL, MMeIolleli OBICTPO PaCT YLy
(+)-KoHel 1 Me[yIeHHO pacTywuii (-)-KoHer (puc. 21.4).

[Ipy HOCTaTOYHOI KOHIEHTpauuy Oe/lKa IONMMepU3aLys IPOUCXOAUT CIIOH-
TaHHO. [Ipy CrIOHTaHHON HoOMMMepU3anuy TyOYIMHOB IIPOVICXOAUT TUPOIN3 OFHON
Morekynel I'T®, cBsasannoit ¢ f-TyOynmuHoM. Bo BpeMs HapaluyMBaHusA AIMHBI MUKPO-
TpyOOUKM CBA3BIBaHNUE TYOY/INMHOB MPOMCXOANT C OObIIIEl CKOPOCTHIO HA PACTYIEeM
(+)-xoH1ie. Ho npu HemoCTaTOYHOI KOHI[EHTpALNUM TYOyIrHA MUKPOTPYOOUKM MOTYT
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MATI

Puc. 21.4. Monvmepu3saumns Tybyn1HOB. Puc. 21.5. Crabunuzaums MuKpoTpybouek ¢ no-
Ha nntoc-KoHLEe MUKPOTPYBOUKN Npomc- moLbto MATT

XOAWT BKIIOYEHVe [1MepOoB TyOynMHOB,

cBA3aHHbIX ¢ [TO, Ha MHYC-KOHLe npe-

obnagaet guccoumauma TybynmHos

pasbuparbcsa ¢ 060ux KOHI[OB. Pazbopke MUKpPOTpyOOUEK CIIOCOOCTBYET MOHIDKEHIE
TeMIIepaTypsl 1 Ham4uye noHos Ca?*.

CyliecTByeT psf BellleCTB, KOTOpble BIMAIOT Ha MonmMmepusanyio TybymmHa. Tak,
aJIKaJIoN/, KOMXNUIIVH, cofepxauiicsi B 6esBpemenHnke ocenneM (Colchicum autum-
nale) , CBA3BIBAETCA C OT/AENBHBIMY MOJIEKY/IaMIU TyOy/lIMHa 1 IPeSOTBpAIaeT X I10-
NMMepu3anmio. ITo NPUBOANT K MaJeHNIO KOHIIEHTpalyuu cBOOOJHOrO TyOy/IIHa, CIIO-
COOHOTO K IO/IMMEPU3alMY, YTO BBI3bIBAET OBICTPYIO Pa3bOpPKY LMTOIIA3MATNYECKUX
MUKpPOTPYyb6OUeK U MMUKpPOTpybOUeKk BepeTeHa fefeHus. TakuMm ke AeiicTBUeM 06ma-
[AIOT KOJILIEMIUJL ¥ HOKOZI030J1, IIPY OTMBIBAHUY KOTOPBIX IIPOMCXOUT IIOTHOE BOCCTA-
HOBJIEHJ€ MUKPOTPYOOUEK.

CrabunmsupyromyM JeiicTBYeM Ha MUKPOTPYOOUKM OOmTafaeT TaKcoy, KOTOPBIi
CrIocO6CTBYeT MOMMMepu3anyy TyOyImHa JaXke IPU €ro HU3KMX KOHI[EHTPALVISIX.

Bce 910 mOKa3bIBaeT, YTO MUKPOTPYOOUKIL ABJIAIOTCSA OYEHDb JUHAMWYIHBIMU CTPYK-
TYpaMM, KOTOpbIe MOTYT I0CTATOYHO OBICTPO BO3HMKATD 1 pa3ObupaThCsl.

B cocraBe BbIfjefleHHBIX MUKPOTPYOOUYeK OOHAPYXMBAIOTCS aCCOLMIPOBAHHbIE C
HUMU JJOTIONTHUTeNbHbIe O6enky, T.H. MAP-6enku (MAP- microtubule associated pro-
teins). OTu GenKm, CTaOUINU3UPYS MUKPOTPYOOUKY, YCKOPAIOT IPOLiecC MOIMMepH3a-
nyu Ty6ynuHa (puc. 21.5).

B mocnennee Bpemst mpotjecc cOOpKM U pasbOpKu MUKPOTPYOOUEK cTamyu Habiwo-
[aTh B JKMBBIX KjIeTKax. Ilocie BBefieHNs B K/IETKY Me4YeHHbIX (ryopoxpomMamm aH-
TUTET K TYOYIMHY U PV MCIIOIb30BAaHUMU 3TIEKTPOHHBIX CUCTEM YCUJICHUSA CUTHAsa
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B CBETOBOM MUKPOCKOIIE, MOXXHO BUJETb, YTO B XXVMBOJ K/IeTKe MUKPOTPYOOUKM pa-
CTYT, YKOPauMBaIOTCsA, MICUE3AI0T, T.€. IOCTOSHHO HAaXOJATCA B AMHAMMYECKOI HecTa-
6mnbHOCTN. OKa3a710Ch, 9TO CpefiHee BpeMs IOy KI3HY IMTOIIA3MaTNIeCKIX MUKPO-
Tpy6OUeK COCTaB/IAeT BCEro MMIIb 5 MyH. Tak 3a 15 MuH okono 80% Bcell MOy ALK
MUKpPOTpy6OoUeK oOHOBIsAeTCA. [Ipy 9TOM OTAeNbHBIE MUKPOTPYOOUKM MOTYT Ha pa-
CTyIIleM KOHIle Mefi/IeHHO (4-7 MKM/MVH) YIIMHATBCS, @ 3aTeM JJOCTATOYHO OBICTPO
(14-17 MKM/MUH) YKOpauuBarbcsA. B )KMBBIX K/IeTKaX MUKPOTPYOOUKM B COCTaBe Be-
peTeHa feneHNsA UMEIT BpeMs XKM3HM oKomo 15-20 c. CuntaeTcs, 4To AUHAMMUYECKAs
HeCTaOVIbHOCTD LIUTOIUIA3MATUYeCKUX MUKPOTPYOOUeK CBsA3aHa C 3a[jep>KKOI IUAPO-
mm3sa I'T®, 3To nprBOAUT K TOMY, YTO Ha (+)-KOHIIe MUKPOTPyOOUKY 06pasyeTcs 30Ha,
copiepyKalas Herupon3osanHble Hykneotuppl («['Td-konmavok»). B aToi1 30He Morte-
KY/IbI TyOY/IMIHA CBA3BIBAIOTCS C OO/IBLINM CPOACTBOM APYT K JPYTY, U, CIeOBATE/IbHO,
CKOPOCTb pocTa MUKpOTPybouky BospacTaeT. Hao60poT, mpu nmorepe sToro y4acrka,
MMKPOTPYOOUKM HAYMHAIOT YKOPAYMBATCA.

Onnako 10-20% MUKpPOTPYOOYEK OCTAIOTCSA OTHOCUTENIBHO CTAOVIIBHBIMU JJOCTA-
TOYHO JIONroe BpeMs (0 HeCKONbKUX 4acoB). Takas crabunmsaius HaOmomaeTcs B
00/B1IION CTelleHN B A depeHIPOBaHHbIX KTeTKaX. CTabummsanys MUKpoTpybouek
CBsA3aHa MU C MOAMUKaLMeil TYOY/IMHOB WIIN C VX CBA3BIBAHUEM C JOIIO/THUTETbHBIMMI
(MAP) 6enkamyt MUKPOTPYOOUEK ¥ C JPYTUMU KJIETOYHBIMM KOMIIOHEHTaMI.

CaMy MUKpPOTPYOOUKM He CIIOCOOHBI K COKPAIeHNI0, OJIHAKO OHY ABJIAIOTCS 00s13a-
Te/IbHBIMY KOMIIOHEHTaM¥ MHOTYX JABVDKYIIUXCS KIETOYHBIX CTPYKTYP, TAKUX KaK pec-
HIYKI U KTYTUKY, KaK BepeTeHO KJIeTKI BO BpeMA MUTO33, KaK MUKPOTPYOOUKY IIUTO-
IJ1a3Mbl, KOTOpbIE 06H3aTe}IbeI A711 TEeJIOTO psAfia BHYTPUKIETOYHDIX TPAHCIIOPTOB, Ta-
KIX KaK 9K301[UTO3, IBYDKEHIe MUTOXOHPUIL 1 JIp.

B memoM ke porib HUTOINIA3MAaTNYECKIX MUKPOTPYOOUeK MOXKET OBITb CBefleHa K
IBYM QYHKLMAM: CKeJIETHOI 1 ABMUraTenbHOI. CKe/leTHasA, KapKacHas, pojb 3aK/II04a-
eTCs B TOM, YTO PACIIONIOKeHIe MUKPOTPYOOUeK B IIUTOIIa3Me CTabummsupyet popmy

Puc. 21.6. PacnonoxeHvie MUKpOTPYboueK B LuTonnasme pubpobnacta (a), menaHouuTa (6), HelipoHa (e)



nasa 21. Mukpompybouku

275

KJIeTKV; IIPU PaCTBOPEHNY MUKPOTPYOOUeK KIeTKY, MMeBIIe CTIOKHYI0 GpopMy, cTpe-
mATcA npuobpectu Gpopmy mrapa. JIBuratenpHas posb MUKPOTPYyOOUYeK 3aK/II0YAeTCs
He TOJIbKO B TOM, YTO OHM CO3JJAI0T YHOPALOYEHHYIO, BEKTOPHYIO, CUCTEMY JBVDKECHYIS.
MukpoTpy60uK) LUTOIUIa3MBI B aCCOLMALIMYU CO CHEIM(UYECKNMM acCOLUMPOBAH-
HBIMM MOTOpPHBIMU OenkaMu 06pasyoT AT®d-a3Hble KOMIUIEKCHI, CIIOCOOHbIE IIPUBO-
[UTH B ABIDKEHIE K/IETOYHbIE KOMIIOHEHTBHI.

[TpakTu4eckn BO BCeX 9YKapMOTUYECKMX KJIETKaX B TMajIOIIa3Me MOXKHO BUJEThb
JUIMHHbIE HEBETBAIECS MUKPOTPYOOUKM. B GO/NbIINX KONMMYECTBAX OHM OOHAPYXKU-
BAIOTCS B IIUTOIIIA3MAaTUYECKIX OTPOCTKAX HEPBHBIX K/IETOK, B OTPOCTKAX Me/TaHOIIM-
TOB, aMe6 1 IPYTUX M3MEHAIOMNX CBOI0 (popMy KreTKax (puc. 21.6). OHu MOTryT OBITH
BBIJIEJICHBI CAMU VIV YK€ MOXKHO BBIJIE/INTD UX 00pasyrolye Oe/IKI: 9TO Te >Ke TyOyIMHbI
CO BCEMM VIX CBOJVICTBAMIL.

2. LleHTp opraHusauumn MmukpoTpybouek

PocT MukpoTpy604ek 11 TONIa3MBbl IPOMCXOANT HO/IAPHO: HapaInBaeTcs (+)-KOoHel]
MUKpOTpy6ouki. Tak Kak BpeMs )XM3HU MUKPOTPYOOUeK O4eHb KOPOTKO, TO JO/DKHO
HOCTOSIHHO IIPONMCXOAUTb 00pa3oBaHyue HOBBIX MUKPOTpybouek. IIporecc Havaa mo-
NMMepU3anyy TYOYINHOB, HYK/Teayus, IPOVICXOANT B YeTKO OIPaHIYEHHBIX yYacTKaxX
KJIETKI, B T.H. yeHmpax opzanusauuu mukpompy6ouex (IIOMT). B sonax IIOMT npo-
VICXOJUT 3aK/Iafika KOPOTKUX MUKPOTPYDOOUeK, 0OpaleHHbIX CBOUMU (—)-KOHI[AMU K
LIOMT. Cunraercs, uro B 3oHax [JOMT (-)-KOHIIbI 3a6/TOKMPOBAHBI CITENVATbHBIMU
6ekamMy, IpeJOTBPALIAIONIVIMIA MIN OTPAaHNYNBAIOIIVMIY [IeIOMIMEPU3aLVIo TyOyIn-
HOB. [I03TOMY IpM ZOCTATOYHOM KOJIMYECTBE CBOOOZHOrO TyOynuHa OymeT IMpOuCXo-
IUTH HapallyBaHue JJINHBI MUKPOTPYy6oueK, oTxopsuux o [JOMT. B kayectse [IOMT
B KJIETKaX >KMBOTHBIX YYacCTBYIOT IJIABHBIM 00pa3oM KemouHvle ueHmpbl, Cofepxa-
e yeHmpuonu, o 4eM 6yznet ckazaHo nosxe. Kpome toro B kauectse LIOMT moxer
CITY>KNTD sAflepHasd 30HA, ¥ BO BpeMsA MIUTO3a IIOII0Ca BepeTeHa JIe/IeHNA.

Hanudne 1eHTpoB opranmsanuy MUKpOTPyOOUeK TOKa3bIBaeTCsl MPSIMBIMU 9KCIIe-
puMeHTaMM. Tak, eCly B XKMBBIX KI€TKAX IOTHOCTBIO JEeNONMMepPU30BaTh MUKPOTPY-
6OYKM VI C IIOMOLIBIO KOMIEMIU/IA VIV Ty TeM OX/IXKJEeHNUA K/IeTOK, TO IIOCTIe CHATHA
BO3/IeVICTBYA IIePBbIE IPU3HAKY MUKPOTPYOOUeK OyIyT HOABIATHCA B BUJiE PaJiaTbHO
PACXOISLIXCS JTyYell, OTXOASIIVX OT OFHOTO MecTa (1yutactep). OOBIYHO Y K/IETOK XKI-
BOTHOTO IPOMCXOXKIEHN IIUTACTEP BO3HMKAET B 30He KJIIETOYHOTO IieHTpa. [locne Ta-
KOJI IIepBUYHON HYK/Iealuy MUKPOTPYOOUKM HaumHaioT orpactath or LIOMT n 3a-
HO/HATD BCIO yTomnasmy. CrrefoBaTe/ibHO, pacTyine nepudepnudeckiie KOHIbI M-
KpoTpybouek OymyT Bcerna (+)-KOHI[aMy, a (—)-KOHIbI Oy[yT pacrojaraTrbCs B 30HE
LIOMT (puc. 21.7, 21.8).

[InTomasmarnyeckyie MUKpOTPyOOUKM BO3HUKAIOT U PACXOMATCA OT OFHOTO Kile-
TOYHOTO IIEHTPA, C KOTOPBIM MHOTHE TepsIIOT CBsI3b, MOTYT OBICTPO pasOmpaTbCs, WM,
Hao000pOT, MOTYT CTaOMIM3MPOBATHCS IIPY ACCOLMALINY C IOTIOTTHUTEIbHBIMMI OeTKaMIL.

JleiicTBYe KOIXMIIVHA, BBI3BIBAIOIIETO AETIO/IIMEPH3aLINIO TYOY/IHOB, CU/ILHO MEHSAeT
dopmy kretkn. Tak, ecv OTPOCYATYIO M IUIOCKYIO KJIETKY B Ky/IbType ¢puopobmacTon
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Puc. 21.7. lnHammka BocCTaHOBIEHMA MUKPOTPY6ouek (MT):

a — VCXOAHBI Gpubpobnact; 6 — ncuesHoBeHre MT nocne oxnaxae-
HWA KNeTKW; 8 — NoABMEHe NepBbIX MUKPOTPYBOUEK B BUAE LMTacTe-
pa B 30He KNETOYHOrO LIEHTPa; 2 — BOCCTAHOBIEHWE LUTOMNNa3MaTye-
CKIX MUKPOTPYbOUek

Puc. 21.8. MonapHOCTb B pacnonoXeH MUKPOTPYOOUEK B Lin-
Tonnasme: BCe NNC-KoHLbl MT HanpaBneHbl OT LieHTpa K nepu-
bepun Knetkn

06paboTaTh KOMXUIMHOM, TO OHa
TepseT HOMAPHOCTb. TOYHO Ta-
KM XXe 00pa3oM BenyT cebst Ipy-
Ve KIeTKM: KOMXMIVH IIpeKpa-
I[aeT POCT KJIETOK XPYCTAJIMKa,
OTPOCTKOB HEPBHBIX KJIETOK, 00-
pa3oBaHMe MBIIIEYHBIX TPYOOK
u T.j. Tak Kak Ipu 3TOM He MUC-
4e3al0T 9/eMeHTapHble (HOPMBI
IPNCYIIETo KJIeTKaM JBYDKEHN,
TaKue, KaK NMMHOLUTO3, YH/Y/IN-
pylolie JBIDKeHMs MeMOpaH,
obpasoBaHIe MeJKMX IICEBJO-
HOJMIL, TO PO/Ib MUKPOTPyOOUeK
3aK/II0YaeTci B 00pa3soBaHUU
KapKaca IS TIOAJepXKaHus Kile-
TOYHOTO Teja, I CTabmmmsa-
MU U YKPeIUIeHUS KIeTOYHBIX
BBIpOCTOB. Kpome Toro, Mukpo-
TPpyOOUKNM YYacTBYIOT B IIpoLiec-
cax pocTa KJIeTOK.

CosmaBasg Takoil BHYTpU-
KJIETOYHBINl CKeJIeT, MUKPOTPY-
60uky MOryT OBITH (pakTOpaMu
OPMEHTMPOBAHHOTO JBVDKEHMS
BHYTPMK/IETOYHBIX ~KOMIIOHEH-
TOB, 3a/laBaTh CBOMM pacCIIOJIO-
JKEeHVeM IPOCTPAHCTBA /I Ha-
IpaBJIeHHBIX IIOTOKOB Pa3HBIX

BEIIIeCTB Y /I TepeMell[eHN s KPYIHBIX CTPYKTYp. Tak, B crydae MenaHOpOpoB (K/IeTKy,
cojiepyKallyie MUTMeHT MeJIaHMH) IIPU POCTe KJIETOYHBIX OTPOCTKOB IPAHY/IbI IUTMEHTA
HepeBUTAIOTCA BIOIb ITYYKOB MUKPOTpybodek. PaspymieHme MukpoTrpy6oudek Koi-
XMIIHOM NIPUMBOJUT K HapYIIEHNMIO TPAHCIIOPTA BELIECTB B aKCOHAX HEPBHBIX K/IETOK,
K IpeKpalleHNIo 9K3011To3a 1 610Kaje cekperyn. [Ipu paspyuieHny MUKpoTpy6odex
IIVITOIIIa3MBbl BaKyoJIell IIPOUCXOAUT (parMeHTalys 1 pasberaHue 110 IUTOIIA3Me all-
napara [onbmKy, paspylieHre MUTOXOH/IPMATbHOTO PETUKYITyMa.

3. INHenHb! 1 KMHE3WHbl — MOTOPHbIe 6enku

Jlonroe BpeMs CYMTANOCh, YTO y4aCTHe MUKPOTPYOOUeK B IBVDKEHUN LIUTOIIa3Ma-
TUYEeCKMX KOMIIOHEHTOB 3aK/II0YaeTCs INIIb B TOM, YTO OHY CO3JJAl0T CUCTEMY YIOP:IO0-
YeHHOTO ABVDKeHMA. Borrpoc ObUI pellieH Ipy N3y4eHNM T.H. aKCOHa/IbHOTO TPAHCIIOPTa
B T’MTAHTCKMUX HEMIPOHAX KajbMapa. AKCOHBI, OTPOCTKM HEPBHBIX K/IETOK, MOTYT MMETh
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Puc. 21.9. Cxema aBuXeHUs
YacTuL B aKCOHe:

oO—s 00— 9%

O+—O+—0+—0 . 2 1 — Teno HelpoHa; 2 — aKCOH;
3 — HepBHOe OKOHYaHue; 4 —
peTpOorpagHblii TPaHCMOPT; 5 —
aHTeporpagHbli TpaHCnopT

OOJIBIIYIO UINHY M 3aIIOTTHEHBI OOJIBIINM YMCTIOM MUKPOTPYOOUeK 1 HeilpogyIaMeH-
TOB. B akcOHax )XKMBBIX HEPBHBIX KJIETOK MO>KHO HaO/TIOZIaTh IepeMeleHle PasInuHbIX
MeJIKX BaKyOJIell ¥ TpaHyJl, KOTOpbIe ABUTAIOTCA KaK OT Tejla KJIeTKM K HEpPBHOMY OKOH-
JaHUIO (AHTepOTPaJHBII TPAHCIIOPT), TaK U B IPOTHMBOIONIOKHOM HaIpaB/leHnn (pe-
TPOTPATHBIN TPAHCIOPT). DTN ABVDKEHMS IIPOUCXOAAT C OTHOCUTETBHO BBICOKON CKO-
pOCThIO: OT Teja HelipoHa — 400 MM B CyTKM, B HallpaB/IeHNA K Helipory — 200-300 Mmm
B cyTKu (puc. 21.9).

Okaszasnocp, 4YTO U3 OTpe3Ka IMIAHTCKOrO aKCOHA KaJbMapa MOXXHO BBIIENNUTD aK-
COIJIa3My, COfIEP)KMMOe aKCOHa. B Karjie BbIJIEJIEHHO} aKCOIIa3Mbl IPOJO/DKAETCA
IBYDKEHVE METIKMX Bakyosiell U rpanyl. C IOMOIIbIO BUEOKOHTPACTHOIO YCTPOMICTBA
MOYKHO BUJETb, UTO ABVDKEHME MEKUX IY3bIPbKOB IIPOMCXOAUT B/IO/Ib TOHKMX HUTYA-
TBIX CTPYKTYP, BO/Ib MUKPOTPybOUeK. VI3 9TUX IpenapaTtoB ObUIM BbIfieTIEHbI OENIKIL,
OTBETCTBEHHbIE 3a IABVDKeHMe Bakyoseit. OfyH U3 HUX KMHEe3UH, 0e/I0K ¢ MOJIeKysp-
HBbIM BecoM 0Ko710 300 Thic. OH COCTOMUT M3 ABYX CXOMHBIX TSXKEbIX MOMUIIENTHUIHBIX
Ierel M HeCKOMbKMX JIeTKuX. Kaxxas Tsokenas 1enb o6pasyeT ITI0OY/IAPHYIO TOIOBKY,
KOTOpas IPY acCOLMAINMU C MUKPOTPYOOUKOI
obmamaetr AT®-a3HOIT aKTUBHOCTBIO, B TO BPEMSI
KaK JIETKIIe L[eTI) CBA3BIBAIOTCS ¢ MEMOPAHOII ITy-
3BIPBKOB WM ApYTUX dacTuy (puc. 21.10). Ilpn
rupponuse AT® usmeHsieTcss KoHGOpMaLVs MO-
JIeKyNbl KVHE3VHA ¥ TeHepupyeTcs IepeMelle-
HIIe JaCTMLbI B HAIIPABJIeHUN K (+)-KOHIIY MUK-
POTPYOOUKIL.

CymiecTByeT Iiefioe CeMeCTBO KIHE3VHOB,
00/1ajaloIUX CXOJHBIMY MOTOPHBIMU TOJIOB-
KaMl, HO OT/IMYAIOLIMXCS XBOCTOBBIMU JOMe-
HaMm. Tak, IMTO30/IbHbIE KMHE3UHDI YYaCTBYIOT
B TPAHCIIOPTE 110 MMKPOTPYOOYKaM Be3UKYII,
JIN30COM U IPYTUX MeMOpaHbIX opraHe/m1. MHo-
e U3 KMHEe3MHOB CBA3bIBAIOTCA CIIenV(pUIecKn
CO cBOMMU Ipy3aMu. Tak HEKOTOpble YYaCTBYIOT
B IlePEHOCE TOMbKO MMUTOXOHADPMIL, APYIME —  Pyc, 21.10. BHyTpUKNETOUHOE Nepemelije-
TO/IBKO CYHANITMYECKUX ITy3BIPbKOB. KIHe3MHBI  Hie Bakyonu C NOMOLbIO KMHE3NHa B Ha-
CBASBIBAIOTCA C MeMOpaHAMM depe3 MeMOpaH- NPABMEHUA K MOC-KOHLY MMKPOTPY6OY-
Hbte GemKoBble KOMITeKchl — Kumexrupr, Ki- (M1

a — MOJieKyNla KMHe3nHa: 1 — TAXenble yenu;
He3UHBI BEPeTeHa JeNIeHNs YIaCTBYIOT B 00Pas0- ;5  jorietany
BAaHUU 3TOM CTPYKTYPBL U B PACXOX[EHMN XPO-

6 — yyacTie KnHe3mHa B TpaHcnopTe: 1 — KiHe-
MOCOM. 3UH; 3 — MeMOpaHHbIN rpy3; 4 — KNHEKTUH
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3a peTporpajiHbIil TPAHCIIOPT B aKCOHE OTBe-
JaeT APYroit 6el0K — IMUTOIIIa3MaTUIeCKIIT OU-
Heun (puc. 21.11). OH COCTOUT U3 IBYX TSKE/IBIX
Lierney — TOJOBOK, B3aUMMOJECTBYIOINX C MU-
KpOTpPyOOUYKaMM, HECKOTIBKVX IPOMEXYTOUHBIX
U JIETKUX IieTiell, KOTOpble CBS3BIBAIOTCS C MeM-
OpaHHBIMU BakyonsaMmu. Llmurommasmarmdeckuit
OVHENH ABIACTCA MOTOpHI)IM 6CHKOM, HepeHO-
CAILIVIM TPY3Bl K MUHYC-KOHI[y MUKPOTPYOOUeK.
JMHenHbI TaK)Xe MEIATCS HA [Ba KIacca: IUTO-
30/IbHbIe — YYacTBYIOLIME B IIEpEHOCE BaKyoJIeil
U XPOMOCOM, U aKCOHEMHbIe — OTBevalolye 3a
IBVDKEHVE PeCHUYEK 1 KTy TUKOB.
[urommasmMaTuvecke IMHENHDI I KNHE3WHbBI
OBl 0OHAPY>KeHbI IPAKTUYECKI BO BCEX TUIIAX
Puc. 21.11. BHyTpukneTouHoe nepemelye-  KI€TOK JKMBOTHBIX M PaCTEHMIA.
HUE BaKyonl C MOMOLLbIO LMTOMNA3MaTH- Taxum 06pasoM, M B IUTOIUIA3ME BIKE-
:S)C/gg:?(mﬂ('/lhjli?)lfHa B MARYCKORLY MAKPO™  yyre OCYIECTB/IAETCA TO NPUHIMNY CKOMb3A-
IMX HUTEH, TOIBKO BIOJIb MUKPOTPYOOUeK IIe-

a — MOoneKyna AgnHeunHa: 1 — T1AxXenble uenwn;

2 — nerkie yeni. peMelaTCs He HUTY, A KOPOTKUE MOJIEKY/IbI —
6 — yyacTvie iMHeVHa B TpaHcnopTe: 1 — auHe-  ABVDKETE/IN, CBA3AHHBIC C MEPEMEIIAIIMUMUCA
WH; 3 — MeMbpaHHbIN rpys; 4 — ANHAKTAH KJIETOYHBIMU KOMIIOHeHTaMu. CXO[ICTBO C aKTO-

MMO3VHOBBIM KOMIIJIEKCOM 3TOJI CUCTEMBI BHY-
TPUK/IETOYHOTO TPAHCIIOPTA 3aK/II0YAETCA B TOM, YTO 00pasyeTcs JBOIHOI KOMIIIEKC
(MUKpOTpy6OUKa + JBIDKETeNb), 06maaroumit Bbicokoit ATd-asHolT aKTUBHOCTBIO.
Kaxk MbI BUfiyIM, MMKpOTpY60UKI 00pa3yloT B KJIETKE pajia/IbHO PACXOALIVECH TIOIA-
puzoBaHHbIe GpUOPMIIBL, (+)-KOHIIBI KOTOPBIX HAIIPaB/IeHbI OT LIeHTpa KIeTKM K nepude-
pyn. Hammane sxe (+) u (—)-Hanpas/IeHHBIX MOTOPHBIE 0€/IKOB (KMHE3UHOB U IVHEVHOB)
CO37IaeT BO3MOXKHOCTB /1A [IEPEHOCA B KJIeTKe ee KOMIIOHEHTOB KaK OT Iepudepui K LieH-
TPy (3HZOLMTO3HbIE BaKyo/Iy, penyk3anus Bakyoneit I1P u anmapara [onbmxu u gp.),
TaK 1 OT LieHTpa K nepudepun (Baxyom JIIP, mm30coMbl, ceKpeTOpHbIe BAaKYOIy 1 fip.)
(pmc. 21.12). Takas MOMSIPHOCTD TPAHCIOPTA CO3MIAETCS 33 CUET OPTaHM3ALUM CUCTEMBI
MUKpPOTPYOOUeK, BOSHUKAIOIVX B LIEHTPAX X OPTaHM3aL1N, B KIETOYHOM LIEHTpe.

Puc. 21.12. OpuieHTauma ABMKeHUA
BHYTPUKNETOYHbIX MEMOPAHHbIX KOM-
NMOHEHTOB:

1 — mukpoTpybouky; 2, 4 — aBMXKeHUE
K LieHTpy KNneTku, K MuHyc-KoHuam MT 3a
CYeT IMHENHOB; 3, 5 — ABMXeHVe K nepu-
depum knetkn K nioc-koHuam MT 3a cyet
KNHE3MHOB
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KneTouHbiil LeHTp

JTak, B KJIeTKaX >XMBOTHBIX ¥ OJHOK/IETOYHBIX MUKPOTPYOOUKM IHONAPU3OBAHEL,
TaK 4TO OOJIBIIIENI YACTBIO UX pacTylye (+)-KOHIIbI HallPaB/IeHbI K Mepudepun KIeTKN.
9TO CBA3AHO ¢ TeM, 4To M'T HauMHAIOT CBOII POCT OT CHela/lIbHBIX YYaCTKOB B K/IETKE,
OT LIeHTPOB opranmsanuu Mukporpybouek (IJOMT), comepxamux crenyanbHbie 06-
PasoBaHUA — UEHMPOCOMDL, KOTOPbIe HOJIbIIElT YaCThIO MOTYT MMETh CJIOYKHO OpPTaHM-

30BAHHDIC YEeHMPUOAU, VITIV )K€ HE IMETD UX.

1. LileHTpOCOMBI U LLeHTpuoAN

IlenTpocoMbl ObUIM OOHApPy>KeHBI ¥ ONMMCaHbl Oojee crta neT Hasapx (PrneMMMHT,
1875; benepnen, 1876) — 3T0O 0OueHb MeNKUe TeNbI[A, pa3Mep KOTOPbIX HAXOIUTCS Ha rpa-
HII[e pa3pelIaolell CIOCOOHOCTI CBETOBOTO MUKPOCKOIIA, OOBIYHO PacIIOararoly-

ecd B reOMEeTPUYeCKOM IIeHTpe KIeTKU, OT-
Kyfla M MX Ha3BaHMe. B HEKOTOpBIX 00DBeK-
Tax y/JaBaJIoCh BUJETD, YTO MEJIKIe IIOTHBIE
tenbla (yenmpuonu), o6pr4HO B mape (mu-
I/IOCOMA), OKPY>KEeHBI 30HOII 60/iee CBET/ION
[UTOIIa3MbI (COOCTBEHHO I[EeHTPOCOMA), OT
KOTOPOJI OTXOZAT pajuaaIbHO TOHKME (uo-
pwnsl (yenmpocgepa) (puc. 22.1).
[leHTPOCOMBI XapaKTePHBI 1 0053aTeIbHBI
JUISL KJIETOK )KVBOTHBIX, ¥ HET Y BBICIIVIX pac-
TEHUII, Y HU3MNX IPUOOB I HEKOTOPBIX IIPO-
cTelmyX. BpIno 3aMeueHo, YTO IEeHTPOCOMBI
B JITIAIMXCA KAeTKaX NPUHMMAIOT y4yacTye
B (GOPMMPOBAHUY BepeTeHa JleJIeHN M pac-
MO/IATAIOTCA Ha ero Imomocax. B mHTepdase
neHTpocombl B kadectse LIOMT ydacTByror
B OpraHM3auuy TyOyIMHOBOTO IIVITOCKE/IETa.
B HepenAmMXCA KIeTKaX LIeHTPOCOMBI 4acTO
OIIpeMIe/IAIT NOMAPHOCTD K/IETOK SIUTE/NA I
pacronaraloTcs BOMM3M ammapara [ombmxKim.
Takas cBsA3b LleHTpocoM ¢ ammaparoM [onb-
KV XapaKTepHa /IS MHOTMX KJIETOK, B TOM
qIICIIe A1 KJIETOK KPOBU VI HEPBHBIX K/IETOK.

Puc. 22.1. KnetoyHbin LeHTp B CnepMaToroHum
canamaHapbil:

1 — UeHTpMONb; 2 — OKPYXaloWmnii LeHTPronb
y4yacToK CBET/ION uuTonnasmbl; 3 — LeHTpocdepa
(actpocdepa); 4 — agpo (no Heidenhain, 1907)
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Puc. 22.2. PacnonoxeHune LLEHTPOCOMbI B Pa3nnyYHbIX KeTkax:

a — Helitpodun; 6 — numdounT; 8 — drnbpobnact

YacTo LeHTPOCOMBI JIeXKAT PSIZIOM C SIFPOM, PacIIoarasich B 30Hax ero BrstanBanus. Ha-
IpuMep, B IOMMMOPQHBIX JIefiKonnTaxX (HerpouIbl) IeHTPOCOMa JIEKUT BHYTPY MOA-

KOBOBM[IHOTO sapa (puc. 22.2).

Tunu4Hoe cTpoeHue KremouHvlil yeHmp VMeeT B KIeTKaxX XUBOTHbIX. OH Impen-
cTaB/sieT CO00I 30HY, COCTOAIIYIO U3 IIEHTPUONIEN M OKpy»Kawleir nx amMopdHOi

Puc. 22.3. Uentpocoma B knetke CM3B Bo Bpemsa
MUTO3a. BUaHbI TPMNNETbl MUKPOTPY6OUEK Ha Mo-
nepeyHoM cpese LieHTpuonu:

] — MaTepuHCKasa LeHTPUONb; 2 — [OYepHAA LieHTpu-
0lb; 3 — LIEHTPOCOMHOE rano; 4 — MUKPOTPYOOUKH Ln-
Tactepa (poto N.A. Bopobbesa)

GUOPHMIAPHOIT Macchl WM Mampukca.
B psize ciydaeB B cOCTaB KI€TOYHOTO Il€H-
Tpa MM LEHTPOCOMBI BXOJUT TO/IBKO 9T
bubpusipHas mMacca, OT KOTOPOi OTXO-
IAT MUKPOTPYOOUKIL.

Hamnboree >xe 4acTo KpoMe MaTpuKca
B COCTaB KJIETOYHOTO L[eHTPA BXOJAT UeH-
MPuUoIU, KaKk MeJIKVe Te/blia, C TPYAOM Ha-
O/1roiaeMble B CBETOBOM MUKPOCKOIIE.

ToHKkoe cTpoeHMe LIeHTPUOIell YAATOCh
U3YYUTb TONBKO C IOMOIIBIO 3JIEKTPOH-
HOTO MMUKpOCKoIa. OCHOBY CTpOeHMA IleH-
TPUOJIEi COCTAB/IAIT PACIOIOKEHHBIE 110
OKPY>KHOCTU [€BSITb TPUIUIETOB MUKPO-
TpyboUek, obpasymiue TakuM 06pasomM
nonelit uuavHAp (puc. 22.3). Ero mmpuxa
okono 0,15 MKM, a i/IMHa TAKOrO LUINHpa
0,3-0,5 MxMm (puc. 22.4).

[lepass MmKpoTpybOYKa TpUILIETA
(A-Mukporpyboyka) MMeeT AMAMETP
OKOO 25 HM M TONMIIUHY CTEHKU 5 HM,
KOTOpas COCTOUT 13 13 I7I00YIApHBIX
cyobemuHany,. [IMHA KaXJOro TPUIDIETa
paBHa [nMHe LeHTpuonu. Bropas u Tpe-
1 (B m C) Mmxporpyboukm oTmmda-
I0TCA OT A-MUKpPOTPYOOUKIM TeM, YTO OHU
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Puc. 22.4. TpexmepHaa mogenb LieH- Puc. 22.5. Cxema CTpoeHUA AnUnaoCoMbI IENKOLMTA akCONOTNA:
TPVONAPHOTO LnAnHApa: ML — maTtepuHcas ueHTpuons; Il — nouepHue uentpronm; HC — Hox-
1 — TpunneT MUKpoTpybouUek; 2 — npu- Ka catennuta; [C — ronoska catennuta; OCMT — doKycbl cxoxpeHns
patkm MUKpOTPy6oUek; MT — MUKpOTPy6OoUKM

ABJIAIIOTCS HETIOTIHBIMY, cofiepkar 11 cyObeyHNI] 11 BIVIOTHYIO IPUMBIKAIOT K CBOUM
cocensaM. Kpome Mukporpybouek B COCTaB LEHTPMOIY BXOAUT PAJ, JOIOTHUTETbHBIX
cTpykTyp. OT A-MUKPOTPYOOUKY OTXOAAT TAaK HAa3bIBaeMble «PYUKI», BIPOCTDI, OAVH
U3 KOTOPBIX (BHEIIHWIT) HampaB/ieH K C-MUKpOTPybOOUKe COCEHEro TPUIUIETa, & APY-
roii (BHyTpeHHMIT) — K LIeHTPY UMIMHApA.

O6pryHO B MHTep(}A3HBIX KJIETKAaX BCErfa MPUCYTCTBYIOT ABe LIEHTPYUOIN, PacIo-
JIaraouecs pAZOM APYT C APYroM, oOpasys AyIUIET LIEHTPUOJIEH, VI OUNIOCOMY
(puc. 22.5). B gummocoMe LIeHTPMO/Y pACIIONAraloTCs IO MPSIMBIM YIJIOM IO OTHOILE-
HUIO JIPYT K APYTY. VI3 IByX LleHTPpUO/IEN pasInyalT «MaTEPUHCKYIO» U «JOYEPHIOI0»,
MPOJOIbHASA OCh IOCTENHEN MepIeHAUKYIApHa MIPOLONIbHOM OCY MaTePUMHCKON LIeH-
Tpuom. Obe 1eHT 1oy COMKEeHbI CBOMMM KOHI[AMM TaK, YTO IPOKCUMAaIbHBIN KOHeI]
JloYepHell LIEHTPUOMU KaK Obl CMOTPUT Ha OBEPXHOCTh MAaTEPUHCKOIL. B aucranpHOM
y4acTKe MaTepUHCKOII IIEeHTPUOJIM pacloaraeTcsi aMop@HBII MaTepyal B BUfIe BBIPO-
CTOB VIV LITIOP — 9TO npudamxu. VIX HeT Ha fouepHel eHTpromn (cM. puc. 22.5).

JloYepHAA LEHTPHUOIb HECKOJIBKO OT/IMYAETCA OT MaTepUHCKOI. LleHTpanbHas 9acTh
UVMIVMHPA LIEHTPUONIM 3aHATA CTPYKTYPOIl, HAIIOMMHAIOIIEN TEIEXXHOE KOJIeCO; OHA
VIMEET LIEHTPANbHYI0 «BTYIKY» IMAaMETPOM OKOJIO 25 HM M 9 crull, HallpaB/IeHHBIX 110
OfIHOII K A-MUKPOTPY6OOUKe KaXKIOTO 13 TPUILIETOB. Takyie CTPYKTypbl BHYTPU LIEHTPU-
O/ PACIIONIOXKEHBI B OJHOM M3 €€ KOHIIOB, IIPOKCUMMA/IbHOM, YTO JeNaeT CTPOEHNE 1IN-
MMHJpa LeHTpKonu nosApHbIM. Ha gycTanbHOM KOHIIe IIeHTPUO/IM BHYTPY ee HeT TaKMUX
cTpyKTyp. O6beM, 3aHMMaeMbIll BHYTPU LIEHTPUO/IN BTY/IKOM CO CIIMIIAMY, MOXET CO-
CTABJIATD y Pa3HbIX KJIETOK OT 3/4 1o 1/5 InuHbI [eHTpron. Y HEKOTOPhIX BUNOB BTY/IKa



Yacme V. OMOPHO-[BUTATE/IbHAA CUCTEMA (UMTOCKETIET) KJIETKW

282

OTCYTCTBYeT WM 3aMeHeHa CKO-
IIeHieM aMOpHOT0 MaTepuara.

\ Z Top1ipl IIEHTPUONIAPHOTO IVIINH-
a, KpoMe CUCTeMBbl BTYJIKU U

=t AKTUBHas / fipa, Kp Y
VicuepueHHbii / CIINI] Ha IPOKCMMaIbHOM KOHIIE,

KOopeLlloK

HIYeM He 3aKPBITHI.
CucreMy  MUKpOTpybOUeK
LIEHTPpUO/IN O6bI‘IHO OIIMCBIBAIOT
¢dbopmymoit (9%3) + 0, moggepKm-
Basg OTCYTCTBME MUKpPOTpPybO-
Y€K B €€ LIeHTPa/IbHON YacTIU.
BoKpyr KaXXmoil LleHTpuonmu
pacronoxxen 6ecCTPYKTYpPHBII,
WIM TOHKOBOJIOKHNUCTBII Ma-
TpuKC. Bce cxembl LjeHTpuronei
B 3TOJ KHUTEe, KaK ¥ BO MHO-
I'MX APYTUX, 3HAYUTETbHO YIIPO-
LleHbl ¥ He BK/IIOYAIOT MaTe-
puan MyQTHl LeHTPUOIAPHOTO

Puc. 22.6. KneTouHblil LeHTp B KNeTKax MO3BOHOYHbIX B MHTEP-
daze (Bopobbes U.A., HanexxauHa E.C., 1987) nunnHApa.
YacTo OKONMO LIEHTpHONEN U

B CBSI3M C HUM MOXKHO OOHapy-
JKUTb HECKOJ/IBKO JIOTIOJTHUTEBHBIX CTPYKTYP: CATe/UIUTBI, POKYCHI CXOXK/IEHNSI MUKPO-
Tpy0OOUeK, McUepUYeHHbIe BOJIOKHICTbIE KOPELIKY, JOIOTHUTEIbHbIe MUKPOTPYOOUKIL,
ob6pasyrolue 0coOyI0 30HY — LieHTpocdepy BOKPYT LeHTpuoyn (cM. puc. 22.6).

I[Tpu mccnenoBaHNY B 9IEKTPOHHOM MUKPOCKOIe MHTeP(a3HBIX LIeHTPUOIIEl ObIIO
HaliIeHO, YTO JIYYMCTOe CUSHME LeHTpocdepbl, 0OHApY>KMBaeMOe B CBETOBOM MUKPO-
CKOIIe, TpefcTaBsAeT cob60il 6ObIIOe YNCIO0 MMKPOTPYOOUYeK, pajyanbHO pPacXofis-
IUXCS OT 30HBI AUIUIOCOMBI. B uIiocome muiib ofjHa U3 LeHTPUOJIell, MaTepUHCKas,
COTEP>KUT PAJ, JOIIOTTHUTENIbHBIX CTPYKTYp. OIHU 13 HUX, NepUueHmpuonapHvle camern-
JIUMbL, COCTOAT 13 UMEIOIell TOHKOe GUOPIIIAPHOE CTPOEHMe KOHYCOBU/THO HOXKKM,
PAacIIONOKeHHON Ha CTeHKe IIeHTPUOJN, VI TOMIOBKY, 3aKaHYMBAONIENiCs Ha 3TOI HOXKKe.
HoxXkn caTe/uInToB 4acTo MMEIOT ITONIePeYHYI0 McUepueHHOCTD (puc. 22.7). KonmnvecTBo
TaKUX HMEePULIEHTPUOJIIPHBIX CATe/UINTOB HEIOCTOSIHHO, OHM MOTYT pacIojiaraTbcs Ha
PasHbIX YPOBHAX IO J/IMHE LeHTpuonu. Kpome sTux CTpyKTyp psAROM C AMUIIOCOMOI,
HO He CBAI3aHHBIE C Hell CTPYKTYPHO, MOTYT PAcIIONaraTbCs MIOTHbIE MenKye (20-40 HM)
Te/bI[a, K KOTOPBIM ITOAXOISAT OJHA VIV HECKOTIbKO MUKPOTpyboUeK (ghoxycot cxoxncoe-
HUs mukpompy6ouex). MUKpoTpybO4KM OTXOIAT M OT TOTIOBOK CAaTE/IATOB. DTU LIeH-
TPOCOMHBIE MUKPOTPYOOUKM He OTXO[AT HEIOCPEACTBEHHO OT MUKPOTPYOOueK Iu-
JIMHJPOB LIEHTPMOJIElt, a CBA3AHbI MIN C CaTeJUINTaMU, WK ¢ MaTpukcoM. Takue mu-
KpOTpyOOuKM 11 06pasyroT Kak Obl Iyunctyio cdepy (teHTpocdepy) BOKPYT LieHTpUOH,
rzie (-)-kouipl MT cBsasanbl ¢ [JOMT, a (+)-KOHI[bI pafiriaIbHO PACXOAATCs Ha mepude-
puto kreTkn. I1pu o6pasoBanuy HeHTpocdepsl B MHTep(Ha3HON KIeTKe TOMbKO CIIeIN-
aJIbHBIE CTPYKTYPBI LIEHTPMO/IN, CATe/UIUTBL M MATPUKC, KaKMM-TO 00pa3oM CBA3aHBI C
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obpas3oBaHMeM MMKpPOTPYOOUYeK; MUKPO-
TpyOOUKM CaMMX LIEHTPHOJIENl B 3TOM IIPO-
Ijecce He YYacCTBYIOT. BbUIO HaiiieHo, 4TO
BOCCTQHOBJIEHVE  TIPULEHTPUOTISPHBIX
MUKpPOTPYOOUeK MOCIe MX JeronuMepu-
3aIUM Ha XOJIOAY IIPOMCXOAMNT 3a CYeT IOo-
ABJIEHUS HOBBIX MUKPOTPYOOUEK, OTXOf -
IUX OT TOJIOBOK CaTe/INTOB.

XuMUA LEeHTPUOIelt N3ydeHa HeloCTa-
TOYHO, IIOTOMY 4TO ellle He pa3paboTaHbI
METOJbI HONy4YeHNUsI ITON CTPYKTYPHI B
Buzie uucroit ¢ppaxkuym. TpygHocTn 610-
XUMWUYECKOTO U3Y4IeHMsI LIeHTPUOTIEN CBsI-
3aHBI C T€M, YTO TO OfMHOYHAS K/IeTOY-
Has CTPYKTypa, uMelolias 06beM BCero
0,03 mkMm®. [Insg cpaBHeHMsI, BCIIOMHIM,
YTO B KJIETKE MMEeTCS: OKOJIO THICSYM
IITYK MUTOXOHJIPUIL, OKOJIO MWJIIMOHA
p1b0OCOM, OKOJIO COTHM XPOMOCOM, OKOJIO
110000 mxm? MmeMOpaH.

C1o)KHOe CTpO€eHMe LIEeHTPOCOMBI OTpa-
JKaeT Y ee CTIOKHYI0 OMOXMMIYECKYI0 KOM-
HO3UIINI0 — IIEHTPOCOMA SBJISIETCS MY/Ib-

TOEIKOBBIM KOMITIEKCOM. B Hacroslee
BpeMsI OXapaKTepu3oBaHO Ooree COTHMU
0€/IKOB, ACCOLMMPOBAHHBIX C IIEHTPOCO-
MO, XOTS JTIOKAIM3aIsl STUX OEIKOB I X

Puc. 22.7. YnbTpacTpyKTypa LIEHTPUOAW B WHTEp-
daze:

a — ueHTpuonb B G,—¢ase; 6 — LeHTpronb B S-dase;

1 — catennuT; 2 —ronoBska catennuta; 3 — MT; 4 — npo-

(dYHKIMOHA/IPHAS HArpy3Ka ellle Majio u3-  HeHTpvonb

ydensl. Tak B cocTaBe ILIEHTPOCOMBI OIIN-

CcaHbl 7 BUAOB TyOy/mMHOB. Tpy 13 HUX JOCTATOYHO XOPOLIO M3YUEHBL: - U B-TyOy/IMHbI
BXOJSIT B COCTaB TPUIUIETOB LIEHTPUO/IN, Y-TYOYINH JIOKaN3YeTCsl B TIePULIEHTPUOTISP-
HOJT 30He U CITY>KUT 3aTpaBKaMu (3apOfbIIaMy) /sl HOIMMEPU3aLny MUKPOTPYOOUeK.
[To ¢yHKUMOHAIBHBIM HAarpy3KaM BbIAB/ISIOT HECKOIBKO TPYII LIEHTPOCOMHBIX 6er-
KOB: CTPYKTYpHbIe 0e/KM, OeKII-MOTOPBI, OeKM-peryasaTops! (KuHasbl u ¢ocgaraspl)
1 GenKu, CBsI3aHHbIe C HyKIealyell 1 yep>KaHueM LeHTPOChepHBIX MUKPOTPYOOUeK.

B uHTepda3HBIX K/IeTKaxX LeHTPMON OKA3bIBAIOTCS CBA3AHBI C AAPOM U C SIIePHOIT
MeMOpaHoit. IIpu BbieneHny siep MpaKTIIeCKy BCe LeHTPUO/IN K/IeTOK IIeYeH I I ce-
JIe3eHKM KPbIC OKA3bIBAIOTCs B 9TON pakiyn. CBsi3b LEHTPHUOJIEN C SAPOM OCYIeCT-
B/ISIETCS IJIABHBIM 00pasoM IPOMeXyTOYHbIMU (pumamenTamu. Ecnm XmBble KeTKu
HOJBEPTHYTb YIBTPALIeHTPUPYTMPOBAHNIO, TO LIEHTPUOIN OIMYCKAITCA K LEHTPOOexK-
HOMY II0JIFOCY BMeCTe C SIEPaMIL.

MHorue 6e71Ku 1eHTPOCOM (HarIpuMep, TEKTHUHBI, LeHTPUH, [IeHeKCIH) yIaCTBYIOT B
Ipoleccax yABOCHMA ¥ CO3PeBaHMA LIeHTPUOJIE, YTO 00A3aTe/IbHO 11 HOPMaIbHOTO
IPOXOXKIEHNS MATO3A.
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2. LleHTPOCOMHbIN LnKN

Bb110 06HApY>keHO, YTO CTPOEHME 1 AKTUBHOCTD LIEHTPOCOM MEHSIOTCS B 3aBUCHU-
MOCTH OT IIepMOfia KJIETOYHOTO IIMKJIA, B Te4eH)e KOTOPOTO KJIETOUHBIN LIeHTP IpeTep-
meBaeT TOXKe LUKInYecKue usMenenus (puc. 22.8).

Haunnas c npodassl u koHuas Tenoasoit, IeHTPOCOMBI IMEIOT CXO{HO€ CTPOEHNE,
HEeCMOTPsI Ha TO, YTO 32 BpeMsA MIUTO3a MIPOUCXOAUT PAJ| CYLIeCTBEHHBIX KJIeTOYHBIX
HepecTpoeK: KOHJEHCAIMA XPOMOCOM, pa3pylleHne AfepHoi 060/m104ky, 06pa3oBa-
HIle BepeTeHa Je/leHNsI, PAaCXOXK/eHIe XPOMOCOM. B M1TO3€e B K/Ie TOYHBIX IjeHTpax (X
ZiBa, II0 OJHOMY Ha Ka)XX/blil IIO/TIOC KJIETKM) HaXOAUTCs o puitocoMe. Kak momara-
eTcsl, JOYepH:AA LeHTPUO/Ib CBOMM KOHIIOM HAaIlpaBjIeHa Ha MaTepUHCKY0. MaTepuH-
CKasl LIEHTPYO/Ib Ha BCEX CTAVSIX MUTO3a OKPY KeHa JOBOIBbHO MINPOKOIt (10 0,3 MKM)
30HOVI TOHKUX PUOPUIT — LeHTPpUONIpHOe Pubpunnapuoe zano (cm. puc. 22.3). Ot
3TOTO TaJI0 PAAMATIBbHO OTXOAAT MUKPOTPYOOUKM. BaXKHO MOAYEPKHY T, UTO Y OUYEP-
HIIX IIeHTPUOJIeNl HY TaI0, HY OTXOASALIVX OT LIeHTPHOJIell MUKpOTpybodek HeT. B aTo
BpeMsi NMPOUCXOAUT GOPMUPOBAHNE BepeTeHa MUTOTUYECKOTO ammapara, COCTOs-
I[eTO U3 MUKPOTPYyOOUeK. ITa CTPYKTypa [eilCTBUTENIBHO MMeeT GOpMy BepeTeHa,
IZie Ha KOHIIAX ero Ha II0JII0CaX KIeTKY PacIoNaralTcs JUIIOCOMBI, OKPY)KeHHbIe pa-
AMaTbHBIMY MUKpOTpybouKamu (rieHTpocdepa). B faHHOM cydae MOXXHO TOBOPUTD
0 TOM, YTO 30HBI JUIITIOCOM, K/I€TOUHBIE [[eHTPbI, SIBIAITCS LIeHTPaMyl OpraHM3annn
(monumepusanum) MUKpOTpyb0oUeK. VIHTepecHO, 4TO POCT HOBBIX MUKPOTPY6OOUEK He
CBsA3aH C MUKPOTPYOOUKaMM TPUIIETOB LIeHTPUOIAPHOTO UV/IMHAPA, OHY HAUMHAIOT
OTpacTaTh OT 30HBI I'aJI0, PACIIONIOXKEHHOI Ha MAaTePUHCKOI LIeHTpuonu. MUKpoTpy-
0OYKM LIMTOMIAa3Mbl Pa3bMpPaIOTCs, a My 0CBOOOAMBUINXCS TYOY/IMHOBBIX MOHOMe-
POB uzieT Ha 06pa3oBaHye MUKPOTPYOOUeK BepeTeHa U LeHTpocdepsl, KOTOpble 00-
pasyioTcs Ha GpuOpunIsipHOM rajo, kak Ha [IOMT. 9ToT mpoljecc nmonmmepusanum
MUTOTHYIECKIX MUKPOTPYOOUEK OTpaXkaeT epByI0 GOPMY aKTHBHOCTH L{€HTPHUOIAP-
Horo anmapara (cMm. puc. 22.8).

[IpyMepHO CXOHOE CTPOEHMEe UMEIOT KIIeTOUHbIe LIEeHTPhI Ha BCeX CTaANAX MUTO3a,
HO K Tenodase TonyHa GUOPU/ULIPHOTO Iaji0 YMEHbIIAeTCS.

K xoH1y Temodasbl, Korja Mpous3oLITIO pasfeneHe KIeTK/ HaJBOe, a XPOMOCOMBI
Hayanyu JAeKOH/IEHCUPOBAThCs ¥ 00pa3oBbIBaTh HOBbIE MHTepQasHble sApa, IPOUCKO-
IUT paspylleHue BepeTeHa JieJIeHNs, er0 MUKPOTPYOOuKy AenommMepusyrorca. Kie-
TOYHBIE LIEHTPBI IIPY 9TOM MEHAKIT CBOI CTPYKTYpPY. MaTepuHCKas U JOUYepHAA LieH-
TPUOIY TEPSIOT B3aVMHO HIEPIIeHANKY/ISIPHOE PACIIONIOKEHNE M OTXOASAT APYT OT ApyTa
Ha He6ombue (0,5-2 MKM) PacCTOSIHMS, HO BCe JKe Iep)KaTcsl B OAHOM MecTe. Bokpyr
MaTEePUHCKOV LIEHTPUOMN Ta/I0 ¥ MUKPOTPYOOUKN He BBIABIAIOTCA. B 9TO Bpemsa Mu-
KpPOTPyOOUeK B IIUTOIIAa3Me TaK>Ke MPaKTIIeCKI HeT.

B nauane G,-nepuosia Ha TOBEPXHOCTY MaTEPMHCKOI L€ HTPYOIN BO3HUKAIOT CaTel-
JINTBI, MMEIOLIVe HOKKY U TOJIOBKY, OT KOTOPOJI pafilia/IbHO OTXOAAT MUKPOTPYOOUKy,
KOTOpbIe HaUMHAIOT PACT! B IJINHY U 3aIOJHATD co00il UTOIIasMy (cM. puc. 22.7a).
CrnenoBaTenbHO, BTOpasi popMa aKTUBHOCTY KJIETOYHOTO LeHTpa — oOpa3oBaHue Ii-
TOIUIa3MAaTUYeCKIX MUKPOTPYOOuek B nHTep(das3HbIX KleTKax. Hajo moguepkHyTh, 4TO



Puc. 22.8. LIeHTpOCOMHbBIN LnKN:

a — [¥IN10CoMa BO BPEMA MITO3a; 6 — LieHTPUONb B Hauare G,-Nepuofa; 8 — LeHTpKonb B G,-Nepuofe; 2 — LieHTpronu
B S-nepuofe, yABOeHWe LieHTpuronels; @ — LeHTproni B G,-neproge

aKTMBHOI 3/1eCh ABAETCA TOIBKO MaTePUHCKas LEHTPUOIIb, KOTOPYIO JIETKO Y3HATh 110
IpMAATKAM B ee IMCTA/IbHOI YaCTH.

ITo Mepe pocTa MUKPOTPYOOUEK 4acTh M3 HUX TepsieT CBA3b C 00/IaCTbIO LEHTPUO-
7Ieit I MOYKeT HaXO[UThCA B LUTOI/Ia3Me Jo/Iroe BpeMs. LIeHTpocoMbl Jke MHAYLUPYIOT
HO/VMEPH3ALNI0O HOBBIX MUKPOTPY6OYeK, KOTOpble IPUXOAAT Ha CMEHY IIOCTEIIeHHO
IeNoNMMepU3YIOMMCS CTapbIM. BeposATHO, B IMTOIIa3Me eCTh HeCKO/IbKO IeHepaluil
MMKPOTpPYOOUeK: «CTapble», He CBSI3aHHbIE C KJIETOYHBIM LIEHTPOM, ¥ HOBbIE, PacTYIIVe
oT IeHTpocoM. TakuM 06pasoM, B K/IeTKe IIPOMCXOANUT KaK Obl KOHBeliepHas CMeHa I
PerpoAyKINA HUTOIIIA3MATIYeCKIX MUKPOTPYOOUeK.
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Ecmu x7eTKaM 3anipeTUTh IIEPEeXOANTD B S-TIepUOJ, OHY MOTYT CyIIeCTBOBATh B pase
KeTouHOoro nokost (Go-mepnop). B ato BpeMsi MaTepuHCKast IIeHTPUOIb MIPOJOIIKAET
$YHKUIMOHMPOBATD, KaK LIeHTp 00pa3oBaHMst MUKpOTpybodek unrockenera. Ho ogHo-
BPEMEHHO OHa MO>KeT IPOSIBUTb elile OfHY GOpMY aKTUBHOCTY — 00pa30BaTh PeCHUUKY,
BBIPOCT ITa3MaTUIeCKOl MeMOpaHbl, 3aIOTHEHHBIT aKCOHEMOTT (0CeBOIT HUTBHIO), CO-
CTosIIel U3 [IeBATU AYO/IeTOB MUKPOTPYyOOUeK. ITU MUKPOTPYOOUKM OTPACTAIOT, KaK
OT 3aTPaBoOK, OT A- 1 B-MUKpOTpyOOUeK TPUIIETOB MaTepUHCKOI LIEHTPUOIN B [VC-
TANbHOI ee YacTu. ITO — TpeThs popMa aKTUBHOCTHU [[EHTPUOIIEN KaK I[EeHTPOB Opra-
HY3AIVM MUKPOTPYOOUeK (CM. HIDKe).

[Ipn Hactymnenun S-mepuopa (MM B CepelyHe ero) KIeTOYHBIN LIEHTP MPUCTY-
maeT K 4eTBepTOil popMe CBOEI aKTUBHOCTH: IIPOVUCXOAUT YABOEHNE YIC/IA LIeHTPUO-
neit. B 970 BpeMs OKOTO KaXK[Oi U3 Pa3OIeNIINXCs elile B KOHIle Tenodasbl 1eHTPUO-
71eit, MaTepPUHCKON 1 JoYepHeit, TPOUCXOANUT 3aK/Ia/JKa HOBBIX [IeHTPUOISPHBIX IIVTNH-
npoB — npouenmpuoneti (puc. 22.76, 22.82, 22.9, 22.10). B paiioHe IpOKCHMMaTbHBIX
KOHIIOB Ka>K[J0Jl IIEHTPIO/Y IIePIEHMKY/LAPHO J/IMHHOI OCY 3aK/IaJbIBaeTCs CHavaIa
IIeBATHb CUHIVIETOB (O[MHOYHBIX) MUKPOTPYOOUeK, 3aTeM OHY IIPpe0OpasyoTcs B IeBATD
AYIUIETOB, @ IOTOM — B JIeBATb TPUIIETOB PACTYIVX MUKPOTPYOOUIeK HOBBIX I[eHTPI-

OJIAPHBIX OV/IVHAPOB.

Puc. 22.9. CeTb MUKpOTPYbOOUEK, OKpaLLEHHasA Puc. 22.10. To xe. Knetka B S-G, nepvioge, BuaHbI
MEUEHHbIMU aHTUTeNamu K TyOysIMHY B KneTke [Be pennuuupoBaHHble LeHTpuonu (doto A.B. by-
KynbTypbl TKaHW B G,—nepuioge. pakoBa)

B KNeTouHOM LieHTpe XenTbiM OKpaLleHa LieHTpuonb,
CBA3aHHaA C aHTUTENaMN K Y—Ty6yJ'II/IHy. A— Adpo
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Braropapst TakoMy pocTy CTPYKTYp oOpasyeTcs CHadaa KOpOTKasi JOYEePHss IieH-
TPMOJIb — IPOLEHTPHUOIb — KOTOPas 3aTeM JOPaCcTaeT 10 pa3Mepa MaTepPUHCKOIL. DTOT
CIIoco6 yBe/MYeHVs Y¥C/Ia LIeHTPUosIeli OblT Ha3BaH Oynaukayueti. BAXHO OTMeTHTb,
YTO pa3MHOXKEHJe LEHTPUOJIeil He CBA3aHO C MX Je/leHNueM, TIOYKoBaHueM mm ¢par-
MeHTalMell, a IPOUCXOANUT IMyTeM 00pa3oBaHNsA 3ayaTKa, IPOLIEHTPUONY, BOMU3U U
HNepHeHAVIKYIAPHO K UCXORHOI LeHTpuonn. PakT yBOeHMs IeHTPUOJIel IPpYBeN HEKO-
TOPBIX JMICCIefloBaTeNell K IPeNoI0KEeHNIO, YTO LIEHTPUO/IN, TAK XKe KaK MUTOXOH/[PUM
U TJTACTUIBI, IPMHAZIIEXAT K CaMOpeyIIULIMPYOUIMMCA KOMIIOHEHTaM LMTOIIIa3Mbl,
XOTs NpsMbIX gaHHbIX 0 Hammuuu [JHK B cocraBe nentpuoneit Het. B S-nepuope Bo
BpeMsl YABOEHUs (YIUIMKALMK) LIEHTPUOJIell MaTepMHCKasd MPOAO/DKAET OBITh L[eHT-
POM 00pa3oBaHys UTOIIA3MATUYECKIX MUKPOTPYOOUeK.

B pesynbrare nporecca JyIUIMKaLMK OKOIO KaXK/[0il LIEHTPUO/IM BbIpacTaeT HOBas
[IOYepHAA LeHTPUOID (IepBas MaTepPUHCKas LEHTPMO/Ib U JOYEPHAS Ha OBIBILENT J10-
4yepHell LeHTPUOIN MOTYT CUMTATbCSA KakK Obl «6abyIIKoi» ¥ «BHY4KOI1»). [ToaTomy B
KJIeTKe IT0CTIe 3aBepIIeHN S-Tieproia HaxoAATCA yKe [Be AUITIOCOMBI (2 BCEro YeThIpe
LIeHTPUOJIIPHBIX IWIMHAPA) (CM. puc. 22.80).

ITocne aToro HacTymaeT CIefyOLUI Iepyof, KIeTOYHOrO IMK/IA, TOCTCHHTeTHIe-
cxuit (G,-niepnop), Korja B KIeTKe Ha4MHAETCS IOATOTOBKA K OYepefHOMY He/IeHNIO.
B aTo BpeMs mcye3aroT caTe/UIMThI HA MAaTEPUHCKON AUIIIOCOMe (TaK MOXKHO Ha3BaTb
CTapyI0 MaTepMHCKYIO LIEHTPYOJIb C HOBOJ IoYepHeli), a 00e MaTepIHCKIe LIeHTPIOJIN B
006enXx JUIIOCOMAX MOKPBIBAIOTCS GMOPIU/ILAPHBIM IajIo, OT KOTOPOTO B IIpodase Hauu-
HAIOT OTPACTaTb MUTOTUYECKIe MUKPOTpybouku. [TapaienbHo 3TOMY B IIUTOIIA3Me
IPOMCXOANT MICUE3HOBEHVE MUKPOTPYOOUeK, 1 KIeTKa CTPEMUTCS MPpUoOpecTy mapo-
BuziHyI0 popmy. Besa Takas mocieoBaTebHOCTD COOBITUIT ITOBTOPSAETCA OT IMKJIA K
LUKITY Y KJIETOK, CIIOCOOHDIX K [UINTEIbBHOMY Pa3MHOXEHMIO. B 60/IbIIMHCTBe clyyaeB
KJIeTKM OpraHusMa HaxopArcs B Gy-liepuofie, I03TOMY Y HUX LIeHTPUO/b y4acTBYeT B
HO/MMMepH3alMM LIUTOIIa3MaTUYeCKMX MUKPOTPYOOUeK U B 00pa3soBaHUY PeCHUYIKYI
(m MHOXeCTBa pecHUYeK). B mocenHeM cryyae oHa BXOUT B COCTaB TaK Ha3bIBae-
MOro 6a3ajIbHOTO TeJIbLA.

OO6BIYHO B K/IETKY IIOC/Ie fIeJIeHNA MONAAIo0T /1Ba IIEeHTPUOJIAPHBIX LVIMHAPA B CO-
CTaBe AUIUIOCOMBI. B pas3/iInM4HbBIX SKCIIEpMMEHTATbHBIX YCTIOBUAX MOXKHO 3aIllpeTUTD
pasjeneHye KIeTKI HaIBOe U IOMTYINTDb K/IETKY C YABOEHHBIM YMCTIOM XPOMOCOM (I10-
JmIIoupHble K1eTkn). COBepIIeHHO OYeBUIHO, YTO B TAKMX KJIETKaX OyfieT U yABOEH-
HO€ YICTIo IieHTpuoselt. KleTKu MOTyT CHOBa BCTYIIAaTh B KJIETOUHBIN UKL, IPU 3TOM
Oynet yaBamBarbca kak Konnmdectso JHK, Tak 1 uncrto ieHTproneit. Y HOpMaabHbIX Te-
TPAIUIONIHBIX (C YeTHIPEeXKPAaTHBIM HAOOPOM XPOMOCOM) K/IETOK ITe4eHr B Gy-nieprope
B LJUTOIIa3Me BU/IHBI He [IBA, a YeTbIpe LJeHTPUOIAPHBIX IMIMHJPA, @ B IOMI0CaX IIpU
[IeJIeHNY TaKUX K/IeTOK ObIIO OOHApPY)KEHO IO [iBe JUIUIOCOMBI B KaXKIOM. AHa/IOINY-
Has CUTYalusA 3aMedeHa 1 Y APYTUX HOMNIUIOUIHBIX KJIeTOK (MeraKapUoLUThI KOCTHOTO
MO3ra, IOINIUION/HbIe TMOPVUAHBIE KIETKN 1 Ap.). B CBA3K ¢ 3TUM IPeANONoXWIN, 9TO
MEXY YMCIOM IVIOMHOCTY KJIeTKY (4MCTIOM XPOMOCOMHBIX HAOOPOB) 1 YMCIIOM IIeH-
TPUOJIET] CYIIeCTBYET IpsAMas CBSA3b.

Hapyuienns meHTpMONIAPHOrO LMK/IA MOTYT BBI3BATh Psf IATOTOTMYECKUX M3Me-
HEeHMI1 K/IeTOK, B IIepBYI0O odepellb IOsAB/IEHNME MHOIOIIOMIOCHBIX MUTO30B. Tak, mpu
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Puc. 22.11. [NaTonornyeckne MHOronotOCHbIE MUTO3bI:
1 — HOPManbHbI MUTO3; 2 — TPEXMOMOCHBIN MUTO3; 3 — YETHIPEXMOMIOCHBIN MUTO3; Gr — GMbPUNNAPHOE rano;

L| — ueHTpmronb; MT — MUKPOTPYHOUKa; XP — XPOMOCOMbI

ielicTBMY (-MepKaNTO3TaHO/MA IPOUCXOANUT 6/I0Ka/ja HOPMaIbHOTO MUTO34, IIPY 9TOM
AUIIOCOMBI PAaCXONATCA Ha OT/ie/IbHbIe LIeHTpuomu. IIpy oTMBIBaHMY OT 3TOTO Bellle-
CTBa KJIeTKA CHOBA IIPYCTYIIAET K JIe/IeHNIO, HO B 9TOM CJTy4ae KaKias LIeHTPUOJIb aK-
TUBMpYeTCs 1 06pasyeT MOMIOC BepeTeHa. Takum 06pa3oM, BO3HMKAIOT TpeX- WM de-
THIPEXIIOTIOCHBbIE MUTO3bI, IPUBOJSIINE K HEPABHOMEPHOMY pacIpee/IeHNI0 XPOMO-
COM MEXY AJOYE€PHUMMN K/I€TKaMUL. 3TO0 B CBOIO Oo4epenb IIpNBOAUT K USMEHEHNIO YMICIIa
XPOMOCOM (QHSYIIIOUAS), KOTOPOE YacTO BbI3bIBAeT rMbeb KieTkn. VIHoraa npu 06-
Pa3oBaHUN MHOTOIIOJIIOCHBIX MITO30B B HEKOTOPBIX IIOTIOCAX OTCYTCTBYIOT LIEHTPMU-
O/IN: B IOJIIOCE PACIOJIaraeTcsl TONbKO (pUOPM/UIAPHBI MaTepuan LeHTPocoMbl (bec-
LEHTPUOIAPHDbIE HO}IIOCS.). CXO,]IHIJIC KapTMHBI IIOABJIEHVIA MHOTOIIOTTIOCHBIX MUTO30B
BCTPEYAIOTCS TP Pa3IMYHbIX ITATOIOTMYECKNX IIPOIeccaX, CBA3AHHBIX C PasMHOXe-
HIeM KJIETOK, HO OCOOEHHO 4acTO B ONYXOJAX, IJie aHIYIUIOUANA sifiep OYeHb Xapak-
TepHa (puc. 22.11).

VTaK, B )KM3HE[eATe/IbHOCTU K/IETOK 1eHTPOCOMBI BBICTYTIAIOT KaK IJeHTPbI Oprasu-
LUV MUKPOTPYOOUeK, yIaCTBYIOIUX BO BHYTPUK/IETOYHBIX ITePeMeIeHNAX OpraHe/UI
U B IBVYDKEHIY CaMMX KJIeTOK. [[eHTpOCOMBI UTPAIOT BEAYILYIO PO/Ib B 00pa3oBaHNM Be-
peTeHa KJIETOYHOTO jeneHus. [IpaB/ia, B HEKOTOPBIX CITy4asx je/eHue KJIeTOK MIeKOIIN -
TAIOIVX MOXKET IPOVICXOAVUTD IIPY Y4ACTUU TONbKO (pUOPU/IIAPHOTO KOMIIOHEHTA IIeH-
TpocoMbl (cM. Hyke). HakoHell, leHTPOCOMBI Y4acTBYIOT B 06pa3oBaHUM TOKOMOTOP-
HBIX aIIIapaTOB HEKOTOPBIX K/IETOK — PECHUYEK U SKI'YTUKOB, KOIZIa MUKPOTPYOOUKU
caMux L[eHTpI/IOTIef/I CIIy’KaT 3aTpaBKaMU /1A IONVMEPU3allnn TY6YHI/IHOB IIpu pocTe
aKCOHEMbI PeCHIYKY, KOT/]a IIeHTPMOJIb CTAHOBUTCA 0a3aIbHBIM Te/IbIIEM.

3. basanbHble Tenbua. CTpoeHue u fBNKEHNE
PeCHUYEK 1 XryTUKOB

Kak y>ke yKa3blBa/loCh, Y MHOTMX KJI€TOK, BBIIMIEALINX M3 KAETOYHOIO IJMKIIA, B
Gy-CTaguy IEeHTPMOIYM IPUHUMAIOT ydacTMe B OOpa3OBaHMM alllapara JiBIKe-
HUA — pecHudYeK. VIX OBe IPyNIbl: KuHemouunuu, IONBVOKHbIE PECHUYKM, XapaK-
TepHBIe ISl CIIeIVa/IbHbIX SIUTENNeB (peCHUYHbIe SIUTEINY Tpaxeu, SilleBOJOB)



[nasa 22. KnemoyHeiti yueHmp

VI CBOOOJIHO IIABAIOLINMX KJIETOK
(cmepMaTO30M/Bl, IIPOCTENIINE), U
TaK Has3blBaeMble HepeéuuHvle pec-
HUYKY, BCTpeYaIolIyecs BO MHOTYX
KJIeTKaX, He O00afalolnux CIoco0-
HOCTBIO K JBYDKEHMUIO.

Knneroummmmu B CBETOBOM Mu-
KpPOCKOIle BUJIHBI KaK TOHKVE BBI-
POCTBI KJIETKW, B UX OCHOBaHMU B
IIUTOIUIa3Me BMHBI XOPOLIO Kpa-
csAlMecs MeJK1e TpaHyabl — 6a-
3anvHble Menvld, AHAIOTY LIEHTPU-
orneit (puc. 22.12).

Y  MHOTOpeCHUYHBIX  KJIETOK
(KJIeTKV peCHIYHOTO SIUTENA Tpa-
Xey MOTIYT cofiepXaTb okono 300
pecHIYeK) NBIDKEHUEe PeCHUYeK He
Xa0TUYHO, @ CTPOTO YIOPSJOYECHO.
B sTOM cryyae pecCHMYKM pacIono-
JKEHBI pAfaMu. B mpoonbHOM psfy
OT/le/IbHbIe PECHNYKY HAYMHAIOT
IIBVDKEHME U TIPOXOJAT OTHEIbHBIE
ero ¢asbl 110 O04Yepesy, MeTaXPOHHO.
B momepeyHoMm e pApgy Bce pec-
HIYKY HAaxXO#ATCS B OfHOI (hase
IBYDKEHVS (CMHXPOHHBI). JTO CO3-
JAeT OBVDKYILIYIO BOJHY IO IIOBEPX-
HOCTH KiteTKu (puc. 22.13, 22.14).

ITpy pBVOKEHNMM peCHUYEK U XKTy-
TMKOB HE IPOVCXOMUT yMEHbIICHNUA
VX JJIVHBI, TIO9TOMY HeIIPaBUIbHO
Has3bIBaThb 3TO /IBIDKEHME COKpalle-
H1teM. TpaeKTopus ABVYKEHNUS PeCHM-
YeK OueHb pasHoobOpasHa (puc. 22.15).
B pa3nm4HbIX KJIeTKaX 9TO ABVKEHIEe
MOXeT OBbITb MAasTHMKOOOpPA3HbIM,
KPIOYKOOOPa3HBIM, BOPOHKOOOpa3-
HBIM MV BOTTHOOOPA3HBIM.

O6mjast apXuTeKTypa pecHUYKN
IIpefCcTaB/IeHa Ha puc. 22.16, 22.17.
PecHmuka mpepcrapiser coboil TOH-
KU IATNHAPUIECKIUTT BBIPOCT LIATO-
IJIa3Mbl C TTIOCTOSHHBIM AMaMeTPOM
300 HM. DTOT BBIPOCT OT OCHOBAHMNA
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Puc. 22.12. MHoropagHbin MepuaTenbHbIA SNUTENnIn Tpa-
xeu:

1 — pecHnukm; 2 — 6asanbHble TefbLa

il

Puc. 22.13. BosHbl, npoberatowyyie no noBepxHOCTU Mep-
LlaTesIbHOro SNUTENNA, MOKPbLITOrO PECHNYKaMm

N B

Puc. 22.14. BonHbl gBKeHNA pecHUYeK (CKaHMpylowmmn
3NIEKTPOHHbIN MUKPOCKON)

Puc. 22.15. Tpaektopuu gBUXEHUA peCHUYeK:

a — MasTHIKOOOpPa3Hoe; 6 — KploKoobpasHoe; 8 —
0bpa3Hoe; 2 — BONHOOOpa3Hoe

BOPOHKO-
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Puc. 22.16. YnbtpacTpyKTypa pecHUYKN Puc. 22.17. Obuiee CTpOEHME PECHNYKN:
P — pecHuuka; [TM — nnasmaTiyeckas MemopaHa; a — NPOJOSIbHbIN Cpe3; 6 — norepeyHblil Cpe3 Tena PecHNYKY;
BT — 6a3zanbHble Tenbla; M— MUTOXOHAPMA 8,2 — Cpes3bl 6a3anbHoro Tena.

1 — nna3maTtmyeckas membpaHa; 2 — MUKPOTPy6ouKy; 3 — fy-
nneTbl MUKPOTPYy6ouUek (A 1 B); 4 — TpunneTbl MUKPOTPyGOUEK
(A,BnQ)

JI0 CaMOJI ero BepXyIIKM MOKPBIT IIa3MaTI4IecKoil MeMOpaHoit. BHyTpy BbIpocTa pac-
HIOJIOXKEHA AKCOHeMa, CIIOKHAA CTPYKTYPA, COCTOAIAsi B OCHOBHOM U3 MUKPOTPYOOYeK.
HypKHsIsI, IPOKCUManbHasi 4aCThb PECHUYKN, 6a3anvHoe menviye, TIOTPY>KeHa B INATO-
w1a3my. JlnameTpsl akcOHeMBI 11 6a3a/IbHOTO TeTIblja OAMHAKOBBI (0K0/10 200 HM).

O6pasoBaHyeaKCOHEMbI PECHUYEK ITPOMCXOAUT3ACYeT pocTaA- 1 B-MuKpoTpybouex
LIeHTPYOJIel, KOTOpbIe B 3TOM CTy4ae CTAaHOBATCA 6a3a/bHBIM TelblleM. B mpocreiiem
cmydae npy 06pa3oBaHMM OAVHOYHBIX PECHUYEK MM TaK Ha3bIBaeMbIX IIEPBUYHBIX pec-
HIYeK MaTepUHCKas LeHTPUO/Ib HOAXOAUT K IIa3MaTU4IeCKoil MeMOpaHe CBOMM [IC-
TaJIbHBIM TOPILIOM, CBSI3BIBAETCS C Hell CBOMMM IIpujjaTKaMu. B aTo BpeMst HaunHaeTcs
pocT MUKpOTpyboUek Ha (+)- KOHIax A- 1 B-Mukporpy6ouek TpurieTos. Bosunkaior
IeBSTH 0y61emo6 MUKpOTPYOOUeK aKCOHEMBI, KOTOPbIe, HapaluBasich C (+)-KOHIIOB Ha
BepXYILIKe aKCOHEeMbI KaK Obl BBITATMBAIT I/Ia3MaTUIECKYI0 MeMOpaHy, 06pa3ys Bbl-
pocT — pecanuky. Kpome Toro, iBe ieHTpaIbHble MUKPOTPYOOUKI BOSHUKAIOT B CBA3U
C IVIOTHBIM BEILleCTBOM, JIeXAIIMM Ha TpaHMIie ObIBILEil eHTPYOJIN 1 BBIPOCTA IIa3Ma-
TUYeCKOi MeMbOpansl (puc. 22.18).

Ha nonepeuHoM cedeHny pecCHMYKM BUAHA IUIa3MaTH4IecKasi MeMOpaHa, OKpy»Kaio-
jasi akCOHeMy. AKCOHeMa B CBOEM COCTaBe MMeeT JIeBATh 0y6/1en06 MUKpOTpyOoUeK,
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Puc. 22.18. [1sa cnocoba
(a, 6) pocTa MMKpOTPyGOUEK
aKCOHeMbl PECHWYKU OT 6a-
3a/1bHOrO TefbLa:

nn — nnasmanemma; P — pec-
Huuka; BT — 6a3anbHoe Tenble;
LUIB — umtonnasmatuyeckas Ba-
Kyonb; BI1 — BblpocT nnasmo-
NeMMbl;

1-3 — cTapum pocTa pecHuYeK

Puc. 22.19. Cxema nonepeyHoOro paspesa peCcHUYKM

00pa3yoIuX BHEIIHIOI CTEHKY IWIMHApa akcoHeMbl. Kpome mepudepuyecknx ay-
671eTOB MUKPOTpPYOOUEK B IIEHTPe aKCOHEMbI PACIIONaraeTcs Mapa YeHmpaabHvIx Mu-
Kpompy6ouex. B 11e710M cucTeMy MUKPOTPYOOUEK PECHIYKY ONMMCHIBAIOT KaK (9%2)+2.
B py6nerax MuKpoTpybOYeK TakKe pasiuyaioT A-MUKPOTPYOOUKY, COCTOALIYIO U3
13 cybbemuun, M B-MMKpOTpyOOuUKy, HeNONHYIO, comepxKamjylo 11 cyObemmHui,.
A-Myxporpy6ouka HeceT Ha cebe «pyUKi», KOTOpbIe HallpaB/IeHbl K B-Mukporpy6ouke
coceprero aymiera. OT A-MUKPOTPYOOUKM K LIEHTPY aKCOHEMbI OTXOfJUT pafinaibHas
CBA3KA, VIV CHUYd, OKAaHUMBAIOLAsCA TONOBKOM, IPUCOENVHAIOLIENCA K LIeHTPa/IbHOM
my¢dme, Merolell fuaMeTp 0KoIo 70 HM, OKpYy>Kalollell IBe IleHTpaTbHble MUKPOTPY-
6oukn. [TocmemHye MeXaT OTAENBHO APYT OT APYyTa Ha PACCTOAHMN OKOJIO 25 HM. Taknm
06pa3om, B akcoHeMe pacrionaraercs 20 IPOfIONbHBIX MUKPOTPYOOUeK, B TO BpeMs Kak
B 6a3anpHOM Tenble ux 27 (puc. 22.19).

basanbHoe Tenblie (ObIBIIAs LIEHTPIO/Ib) COCTONUT 13 9 TPUIIETOB MUKPOTPYOOUeK
(KaK 1 IIeHTPUO/b), UMeeT PYUKI, BTYIKY ¥ CIMIIbI, PACIIONIO>KEHHbIE B IIPOKCYMAIbHOI
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(HwokHelr) ee yactu. Ha y4acTke 6a3ajbHOTO Tesblia, MPUMBIKAIONIEM K IIa3MaTide-
CKOJI MeMOpaHe, eCTb [eBATb IPUATKOB, BBICTYIOB, UAYIINX OT KaKAOTO TPUIUIETA
MMKPOTpPYOOUeK K IIa3MaTUIeCKOil MeMOpaHe 11 CBA3BIBAIOIUX €r0 C KJIeTOYHOI I10-
BEPXHOCTDIO.

basanbHOe Tenblle 1 aKCOHEMA CTPYKTYPHO CBA3AHBI APYT C SPYTOM M COCTABIIAIOT
enyHoe 1enoe: A- 1 B-MuKpoTpy60dKy TPUIIETOB 6a3a/IbHOTO Te/blja IIPOJ0/DKAITCS
B A- 1 B-MukpoTpy60YKax AynieToB akCOHeMbl. B 30He mepexopa 6asampHOro Tema
B aKCOHeMY HaOJIofaloT aMOp(HYIO MONepeyHyIo IIACTUHKY, KOTopas Kak OBl OT/e-
T 3TU ABe YacTu. lleHTparbHble MUKPOTPYOOUKM aKCOHEMBI HAUMHAIOTCS OT 9TON
IVIACTMHKY TaK JKe, KaK B 9TOM MeCTe HauMHaeTCA U IeHTpaabHasA MydTa (Karcyma)
(em. puc. 22.17, 22.19).

HpI/I AOBVDKEHN PECHUYEK HE IIPOMCXOOANUT M3MEHEHNA UX JIVNHDI, OHM HE «COKpa-
MAIOTCSA», @ M3rubarwTcs, ObioTcsa. OKas3anoch, YTO MEXaHNYECKV OTJe/IeHHbIe pec-
HIYKY CIOCOOHBI K Ouennio B npucyrcrBuu AT®. IIpn otnenennn pecHudex 6asab-
Hble Te/Ibla OCTAIOTCA B Tejle KIEeTKNU. DTO O3HA4aeT, YTO /I MeXaHW4IeCKOil paboThl
pecHIYek 6asarbHOe TeIo He HYXHO, @ TOIbKO aKCOHEMa Y4acTBYeT B TeHepaluy ABI-
JKeHNA. YIa/oCh MO0Ka3aTh, YTO 3a ABIDKEHME PECHUYEK OTBEYAIOT «PYYKN», CUAAIINE
Ha A-MUKpoTpy6oukax. [Ipu sKCTpaKIuy KOMIIOHEHTOB Py4eK PEeCHUYKY IepecTaloT
6utbcs B ipucytcTBun ATO.

BeI10 HaliIeHO, YTO B COCTaB pyueK BXOAAT OeNKu OuHeuHwvl. ITo 60nblune 6enKo-
Bble KOMIIOHEHTBI, COCTOAIME 13 9—-12 NMONMNENTUAHBIX Lelel, cofepKaye 2-3 I1710-
Oy/IsipHbBIe TONOBKY, CBsI3aHHbIE B OOIIMIT KOpeuIoK rmbKumu xBoctamu (puc. 22.20).
Kaxxmgas ronoBka gunenHa obnamaet AT®-a3Hoit aKTMBHOCTHIO, KOTOpas BO3pacTaer
IPUMEPHO B 6 pa3 IpM acCOLMaliMy ¢ MUKpOTpyOoukamy. Tak Kak sKCTpaKUms pydek
IpeKkpamaeT 61eHye pecHI4eK, TO MOXKHO CUNTATh, YTO VIMEHHO AVHENH OTBETCTBe-
HEH 3a 9TO JBJDKEHME, TO €CTh JVHEeMH ABJIAeTCA MOTOPOM WIM JABUTaTeieM Ipu Oiue-
HuM pecHndek. Ho kKakoB MeXaHU3M 3TOTO ABVKEHUA?

OTOT BOIPOC OBUT pelleH MpY MCIIONb30BAHNY BbIJIe/IEHHBIX PeCHIYEK, INIIEHHBIX
IIa3MaTN9eCKOil MeMOpaHbl, pajyialbHbIX CINI[ ¥ CBS30K IIOC/Ie YacTUYHON oOpa-
60TkM akcoHeM mporeazamu. OKa3anoch, 4To Ta-
KIie aKCOHEeMbI, COfieprKalliyie UHEeNHOBbIE PYUKI,
HO JIMIIEHHbIE CBA3OK U IIIA3MaTUYECKUX MeM-
OpaHn, npu gobasnenuu Kk HUM AT® HaumHaioT
YBEINYMBATDBCA B [JIVHY IIOYTU O [E€BATU pa3 "
OJHOBPEMEHHO YTOHYAIOTCA. B 3/71eKTpOHHOM MU-
KPOCKOIIe BUJHO, YTO TaKas aKCOHEMa YBe/IN4M-
7Iach B JUIMHY 34 CYET CMeIleHNs I1ap MUKPOTpPY-
6oueKk OfHa OTHOCKUTENbHO Apyrou (pumc.22.21).
HpyruMm cnoBaMy, IIPOM3OLIZIO IIPOJOIbHOE
CKOJIb)KeHMe [YIJIETOB OfVH OTHOCUTEIbHO APY-
rOro: QAHAJIOTMYHO CKOJIbKEHMIO MMO3MHOBBIX
HUTEl OTHOCUTEIbHO aKTMHOBBIX. B cnydae nu-
Puc. 22.20. [uHenHosble pyuku Ha  HEVHA IIOBTOPHBIE LKJIBI acCOLMALMM C CyObe-
A-MVKpOTpy6ouKe fybneTa pecHnyek AVHNULAMU TyOy/IuHa, M3MeHeHMsA KoH(opMalum




[nasa 22. KnemoyHeiti yueHmp

293

npu casbiBauuyu ATO u ero
TUZIpO/IN3e, BBLI3BIBAIOT IIEpe-
MellleHVe TOJIOBOK BIIOTb MM-
KpOTpyOOUYKM 0T (+)-KOHIIa
K (-)-xoHny. Ilpm srom co-
cemHMIT AyO/eT [BUTAETCA K
Bepxymke pecHmukn. Korma
pecHUYKA  COLIeP>)KUT  BCe
KOMIIOHEHTBI, 1 Ty0/IeTbl MU-
KpOTpyOOoUeK CBA3aHbI IPYT C PYTOM U C LIeHTPAIbHOI ITapOJl MUKPOTPYOOUeK, TaKie
KOOIIepaTUBHbIE CMelleHNA Ay0/IeTOB MUKPOTPYOOUYeK IPUBOJAT He K YIIMHEHUIO pec-
HIYKI, a K ee n3ruoy (puc. 22.22). Kak perynmmpyercs nocuefoBaTe/ibHOe IIepeMelieHe
1y6/IeTOB OVMH OTHOCUTE/IBLHO JIPYTOTO, ellie He SCHO.

[Tpu 06pa3oBaHNM MHOTOPECHIYHBIX K/I€TOK IPOVICXOAUT MHOTOUNCTIEHHAS PeTIN-
KaIlys IeHTPHoIelt 1 06pa3oBaHyie MHOTOYMCIEHHBIX PECHIYEK.

Poct pecHmyexk, yannHeHe MUKPOTPYOOUeK NX aKCOHEM IIPOMCXOANUT Ha BepIluHe
pecuruky. CrieoBaTeIbHO, TaM JIOKa/IM30BAHBI (+)-KOHIIBI MUKPOTPYOOUEK.

B pecHUYHOM smuTeNMM ANIEBONOB NO3BOHOYHBIX MHOXXECTBEHHbIE 0a3ajbHbIE
Te/blja BO3HMKAIOT BOKPYT TaK Ha3blBaeMbIX Oelitmepocom — aMOpPHBIX 37TeKTPOHHO-
IVIOTHBIX CTPYKTYp pasmepoM ot 60 no 700 HM, 1o nepudepnn KOTOPBIX IPOUCXOANUT
3aK/IaJjKa MHO>KeCTBEHHBIX 3a4aTKOB 0a3a/IbHBIX Teslell. BOKpyT OfHOI AeiiTepocoMBl
00pasyIoTcs 10 AecATKa HOBBIX 6a3a/IbHBIX Testell. OHM 3aTeM MUTPUPYIOT K IIa3MaTu-
4ecKoJi MeMOpaHe U IPYHMMAIOT y4acTyie B 00pa3oBaHmy akcoHeM (puc. 22.23).

Heo6xon1M0 OTMETUTB, YTO KJIETKV C MHO)KECTBOM PeCHIYEK TePSIOT CIIOCOOHOCTD
K Je/IeHNIO ¥ He MOTYT BBIXOAUTDb 13 Gy-CTafym KaeToyHoro umkiaa. Ha cmeny um us
3MUTENMNATBHOTO IIACTa IPUXOAAT CTBONOBbIE HefudepeHIpOBaHHbIE KIETKM, KO-
TOpbIe MOTYT JIe/IUTHCS U JaBaTh HOBbIE IOKOJIEHVISI MHOTOPECHUYHBIX K/IeTOK.

MuKpoTpy60UKM aKCOHEMBI YCTOYMBBI K IETICTBUIO KOJIXVUIIMHA, HO IIPY POCTe pec-
HIYKI KOJIXUIIVH ITIOJTHOCTBIO IIPeKpaliaeT BKIIYeHNe HOBBIX MOJIEKY/I TyOy/IIHa, 4TO
IPUBOJUT K TOPMOXKEHMIO POCTA PeCHUYEK.

Puc. 22.21. N3onnpoBaHHan akcoHema nocne pobasnenna ATO:
BybneTbl MUKPOTPYOOUEK CMECTUNMCL OTHOCUTENBHO APYr ApYyra

Puc. 22.22. CmelleHmne aybneToB Npy 3aKpenneHnn KOHLO0B MUKPOTPYOoUeK
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ITaTtomorusa KMHETOUMINIT M SKIYTH-
KOB BBIPa)XXaeTCs B IIOTEPE MX IMOABIIK-
HocTu. Llenblil psAn reHeTUYECKUX Hapy-
LIEHNUI B UX CTPYKTYPE, CBA3aHHBIX C UX
OUCKMHE3MEN, XOpOUIO M3y4YeH Ha MY-
TaHTHBIX (OpMax 3e/eHOil BOJOPOCIU
Chamydomonas. CxopHble nedeKThl pec-
HIYEK ¥ XTYTUKOB OOHApYy>KeHbI 1 Y 4e-
JI0BeKa MpU pa3nn4YHbIX popmax Hacmen-
CTBEHHOTO MY>KCKOro OecIuiofgus, CBS-
3aHHOI'O C HENOJBIM)KHOCTbIO CIIEPMMEB.
Tak >xe kak n' y Chamydomonas Taxas no-
Tepsi MOJIBVDKHOCTY MOXKeT ObITh CBsI3aHa
C PARNOM pa3IMYHBIX CTPYKTYPHBIX Hapy-
LIEHNI: IIOTeps JAMHEMHOBBIX PYyYeK, pa-
OUAIbHBIX CINL, eHTPaJbHbIX MUKPO-
TpyOoUeKk U Ap. Y TaKuX MHAVBUAYYMOB
OIJHOBPEMEHHO CXOJ{HbIe HapyIIeHus 006-
Hapy>KMBAIOTCA B COCTaBe 0a3abHBIX
Te/lell M pecHUYeK SIUTenuA. ITU MOp-
dbonornveckre aHOMamUM OOBIYHO CO-
MPOBOXJAITCA XPOHNYECKUMM pecImpa-
TOPHBIMU 32007€BaHUAMN (XPOHUUIECKIE
OpPOHXMTBI, CMHYCUTBI). DTa IpyIIa Ha-
C/Ie[CTBEHHBIX 3a00/IeBaHMIT HA3bIBAETCS
CUMHJIPOMOM HEIMOABIVDKHBIX pECHUYEK,
Puc. 22.23. Obpa3oBaHue pecHUYeKk B MHoropec-  VIJIN cunopomom Kapmennezepa. Muo-
HUTYATOM MepLaTe/IbHOM 3NUTENNN: Tue M3 JIoflel, CTPajalolnX STUM CUH-
7—pa3MHO>KEHI/IeL|EHTpl/IOHEI7I,'2—BOBHI/IKHOBEHVIe6a- OPOMOM, VMIMEIOT O6paTHYIO CUMMETPUIO
SATIPHBIXTENEL OKONO ACHTEPOCOM Tema: cepjle paclojaraeTcsa Cripana, Iie-

4YeHb U alllleHIVKC C/ieBa U T.J,.

BTopas xaTeropus pecCHMUYHBIX KJI€TOK — KJIETKM C TaK Ha3bIBAEMbIMU nepeut-
HoIMU pecHuukamu He obnafaeT CIIOCOOHOCTBIO K JBIDKeHMI0. [IpakTuyecku Bce
TUIIBI KJIETOK, 32 MCK/IIOYeHMEeM KIeTOK KPOBM, MBIIII] I KUIIEIHOTO AMUTENNs, B G-
nepuozie 06pas3yIoT IepBUYHbIe PeCHIYKM, KOTOPBIE OTINYAIOTCA OT HACTOALIVX pec-
HIYeK, VIV KNUHOLVINIAL, TeM, YTO OHU He UMEIOT ITaphl IIeHTPa/IbHbIX MUKPOTPyOoUueK
U He CIIOCOOHBI K ABVDKeHNI0. TaKMMM ITepBUYHBIMYU PeCHUYKaMy 00/1afialoT, Hallpl-
Mep, XOH/IPOLIUTHI, K/IeTKU U3BUTBHIX KaHAJIbIIeB IT0YeK, HeilpoHbl 1 Ap. OHM 06pasy-
I0TCSL B pe3y/IbTaTe TOTO, YTO AUIUIOCOMA MOAXOAUT K ITa3MaTU4eCcKoil MeMOpaHe U
OT MaTEePVHCKO IIEeHTPUOJIY HauMHAETCS POCT aKCOHEMBI, HO 03 IBYX LIeHTPaTbHBIX
MUKpOTpy60uek. Eciu kieTku KynbTypsl ¢pubpobmacToB, obnagaromnx B Gy-niepuose
TaKMMU PeCHUYKAMU, CTUMY/INPOBATD K Ie/IeHNIO, TO STU PECHIYKY 1CYe3al0T, a Oa-
3a/IbHOE TeJblie-1[eHTPUOb HAauMHAeT CBOM LMK/ KaK OObIYHAsI LEHTPUONIb B KIIEeT-
KaX, CIIOCOOHBIX K Pa3MHOXKEHMIO.
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OyHKIMOHAIbHOE 3HaYeHe 3TUX IePBUYHBIX pecHIYeK He AcHOo. Ho nHTepecHo oT-
METUTD, YTO IPY Pa3BUTUN CEHCOPHBIX KJIETOK CETYATKU UX Hapy>KHbIE CETMEHTHI I1a-
JI0YeK M KOIOOYeK BO3HMKAIOT CHadanma 3a cyeT 00pa3oBaHMs MEPBUYHBIX PEeCHUYEK.
B0o3MOXHO, YTO y HepeleNTOPHBIX KJIeTOK, MMEIOIINX TaKue MepBUYHbIE PECHUYKH,
HOC/IeJHYe BBINOTHAIT (YHKIMM BHEIIHMX AHA/IN3AaTOPOB, SABJIAIOTCS KaK Obl «aH-
Te€HHaMW», Ha IOBEPXHOCTU KOTOPBIX PeLleNITOPHbIE MOJIEKY/IBI I/Ia3MaTUIECKOI MeM-
OpaHBI MOTYT PErCTPUPOBATh MEXaHIYECKIe U XMMIYeCKIe CUTHAIBI, IIOCTYIA0IIe
13 BHEIIHE MEXXK/IETOYHOM Cpeibl.



Yactb VI
YXW3HEHHbIN LK KNETKU

naBa 23

MutoTnyeckoe geneHmne KNeTokx.
O6was opraHnsayua MuTo3a

Kak mocTynmmpyer KaeTo4Has Teopysd, YBeNMYeHNe IMcaa KI€TOK IPOUCXOOUT KC-
K/IIOYUTE/IBHO 3a CYET JIe/IEHNM MCXOMHOM KIEeTKH, IIPeBapUTEIbHO YABOUBIIEN CBOM
reHeTUYeCKMil MaTepuan. IT0 — IVIaBHOE COObITME B >KM3HU K/IETKY KaK TaKOBOJI, a
MMEHHO 3aBepliieHne BOCIIpou3BeneHus cebe momooubix. [Ipyu aToM McxoqHast KneTka
«McyesaeT», a BMECTO Hee 00pasyrTcs gBe HoBble (Kopomb ymep, 1a 35paBCTBYIOT B
HOBBIX Kopoyis!). Best «uHTepdasHasi» )KM3HDb K/IeTOK HAIpaB/IeHa Ha II0JIHOe OCYIIecT-
BJIEHIE KJIETOYHOTO I[MK/Ia, 3aKaHYMBAIOIIEroCsd KIeTOYHbIM JeneHneM. CaMo e fie-
JIEHME KJIETKM — IIPOLLeCC HECTY4aliHbIl, CTPOrO T€HETUYECKH JeTEPMMHMPOBAHHDII,
IZie B IOC/IEIOBATEIbHBIN P BBICTPOEHA Liefiasi LIeNI0YKa COOBITUIA.

Kaxk y>xe yka3bIBa/moch, jelieHe IpOKapuoOTHIeCKIX K/IETOK IPOTeKaeT 6e3 KOHeH-
caluy XpoMOCOM, XOTsI IO/DKEH CYILIeCTBOBATb P MeTabOMMIeCKUX MPOILeccoB U, B
HEepBYIO O4epe/b, CUHTE30B psAfa crennuIecknx 0e/IKOB, yIaCTBYIOIUX B «IPOCTOM»
IeneHny 6aKTepuanbHON KJIeTKM HafIBOe.

JeneHne Bcex ayKapMOTHYECKNX KIETOK CBS3aHO C KOHJEHcAlMell YIBOCHHBIX (pe-
IUINIVIPOBAHHBIX) XPOMOCOM, KOTOpbIe IPMOOPETAIOT BUJL IVIOTHBIX HUTYATBIX CTPYK-
Typ. OTU HUTYATbIE XPOMOCOMBI IEPEHOCATCA B JOUEPHIE K/IETKY CIIeI[aTbHOM CTPYK-
TYpoOit — 6epemenom OeneHus. Takoil TUII ieJIeHNsI 9YKapUOTUIECKNX KJIETOK — MU-
mo3 (0T Tped. mitos — HUTHN), WIN KAPUOKUHe3, VIV Henpsamoe OeneHue — SIBJISIETCS
eVHCTBEHHBIM II0/THOLIEHHBIM CITIOCOOOM yBe/IMYeHNs Yucia KiaeTok. IIpsamoe fenenne
KJIETOK VJIV aMUTO3 JOCTOBEPHO OIVICAHO TO/IBKO IIPY I€/IEHNV TIO/INIUIOVJHBIX MaKpO-
HYKJ/IeyCOB MHQY30puiL, X MUKPOHYK/IEYCHI Ie/IATCS TONBKO MUTOTUYECKVIM Iy TEM.

Jlenenne Bcex 9yKapMOTMYECKMX K/IETOK CBS3aHO ¢ 00pasoBaHMeM CIelMalbHOTO
annapama Knemounozo oenenus. IIpy ynBoeHUM KI€TOK IPOUCXOAAT ABa COOBITHA:
PacXOoXX[IeHNE PEIUIMLIVPOBAHHBIX XPOMOCOM M Pasfie/IeHNe K/IETOYHOTO TeNa, Uuio-
momus. IlepBas 4acTh COOBITHA Y 9YKapUOT OCYIIECTBIIAETCS C TIOMOIIbIO TaK Ha3bIBa-
eMOT0 8epemeHa 0esleHUs, COCTOSIIETO Y3 MUKPOTPYOOUeK, a BTOpast YacTh IPOUCXO-
[T 3a CYET YYaCTVsI aKTO-MMO3MHOBBIX KOMIIIEKCOB, BBI3BIBAIOLINX 0OpasoBaHIe IIe-
PETKKM y KIeTOK KMBOTHOTO ITPOMCXOXKAeHN (puc. 23.1).
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B o6pasoBanuu BepeteHa
ileTIeHNsI Y BCeX 3YKapMOTH-
YeCKUX K/IE€TOK MPUHUMAIT
y4acTe [Ba poOfa CTPYK-
Typ: IOJSIpHBIE Tenblia (I10-
NI0Ca) BepeTeHa U KUHETO-
Xopbl XxpoMocoM. IlonsapHbie
TeNbld, WIN LEeHTPOCOMBI,
SB/SIIOTCS  LIeHTPaMy  opra-
Hysanyy (Wi HyK/Ieauun)
MUKpPOTPybOO4YeK BepeTeHa

meneHnsd. OT HUX CBOUMU

«+»-KOHI[AMI OTPACTAOT M- T — XPOMOCOMbI; 2 — KUHETOXOP; 3 — KNHETOXOPHbIE MUKPOTPYOOUKY; 4 —
MOIOCHbIE MKPOTPYOOUKI; 5 — acTpanbHble MUKPOTPY6OUKM; 6 — Momioc

KPOTPY6OUKHM, 0OPA3YIOUINE  geperena: 7 — LeHTpuons

Y4YKU, TAHYLINECA K XpOMO-

coMaM. Y KIeTOK >KMBOTHBIX

Puc. 23.1. O6Lan cxema opraHv3auum MUTOTUYECKOTO BEPETEHa:

LIEHTPOCOMBI BK/IIOYAIOT B CBOJI COCTaB M LeHTpuonn. Ho y MHOTMX 9yKapHOT LIeHTpu-
OJIell HeT, a LEHTPbl OpPraHN3alNy MUKPOTPYOOUYEK IPUCYTCTBYIOT B Buje OecCTpyK-
TYPHBIX aMOP(HBIX 30H, OT KOTOPBIX OTXO/AT MHOTOYVC/IEHHbIe MUKPOTpy6ouku. Kak
IIpaBUJIO, IIPY OPraHM3aLMN alllapaTa Je/leHNs YIacTBYIOT [B€ LEHTPOCOMbI MM [Ba
IIOJIAPHBIX TE/IbIIA, HAXO/AIIMECH Ha IPOTUBOIIOIOKHBIX KOHIIAX CTIO)KHOT0, BEPETEHO-
00pa3HOro Teta, COCTOSAIErO U3 MUKPOTPYyOOoUeK. BTOpOit CTPyKTYypoil, XapaKTepHOIt
TSI MUTOTUYECKOTO JIe/IeHNs K/IeTOK, CBA3BIBAIOLIEll MUKPOTPYOOUYKY BepeTeHa C Xpo-
MOCOMOI1, ABJIAIOTCA KUHEMOX0pbl — CIIOXKHbIe OelKOBbIe KOMIUIEKCHI. VIMeHHO KuHe-
TOXOPBI, B3aMMOJEIICTBYS C MUKPOTPYOOUYKaMy, OTBETCTBEHHBI 3a IiepeMelleHue XPOo-
MOCOM IIpY KJIETOYHOM JE€IEHNA.

Bce 9T1 KOMIIOHEHTBI, @ IMEHHO IOJISIPHBIE Te/IbIla (LIeHTPOCOMBI), MUKPOTPYOOUKN
BepeTeHa ¥ KMHETOXOPhl XpPOMOCOM BCTPEYAIOTCA Y BCEX 9YKAPUMOTUYECKUX KIETOK U
006eCIeunBaoT CIIOXKHBII IIPOLIeCC PACXOXKAEHNS PEIUIMLIMPOBAHHBIX XPOMOCOM.

MuToTryecKuit anmnapar MIEKOIUTAIMINX OTHOCUTCA K T.H. OTKPBITOMY OPTOMMU-
TO3Y, IIpY 06pa30BaHMU KOTOPOTO XPOMOCOMBI He CBA3aHbI C MeMOpaHaMmy, a sAfepHas
0607104Ka TIpy nepexozie OT MHTeP}a3bl K MUTO3Y ITOTHOCTHIO PACIIA/IAeTCA Ha MHOXKe-
CTBO MeJIKMX MeMOpaHHBIX Bakyoseil. 9Ta popMa MUTO3a IpeCTaBIeHa aCTPaTbHBIM
¥l QaHACTPA/IbHBIM TUIIAMU (CM. HIDKE).

1. Mopdonorua murotuyeckoii purypbi

Kak y>ke roBOpmIoCh, MUTOTMYECKUIT allllapaTr Haubosee MofpoOHO M3ydeH y Kile-
TOK BBICHIVIX PACTEHNUIT U KUBOTHBIX. OCOOEHHO XOpOIIO OH OBIBaeT BBIPAXKEH Ha CTa-
nuu Metadassl MuTo3a (puc. 23.2). B )KuBbIX mn GUKCUPOBAHHBIX K/IeTKaxX B MeTagase
B 9KBATOPUA/IBHOI ITIOCKOCTY KJIETKYU PACIIONATAITCs XPOMOCOMBI, OT KOTOPBIX B IIPO-
TUBOIIOJIOKHBIX HAIPAaBIEHNUAX TAHYTCS T.H. HUMU 6epemend, CXOAIeCs Ha ABYX
Pa3HBIX MO/TI0CAX MUTOTHYECKOI (urypsl. Tak 4TO Mumomuueckoe éepemeno — 310
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Puc. 23.2. Cxema cTpoeHus BepeTeHa fJe-
NeHnA:

] — XpOMOCOMBbI; 2 — MOftoca BEPETeHa, LLEHTPO-
COMbI; 3 — MEXMOMIOCHble MUKPOTPY6OUKY; 4 —
KUHETOXOPHbIE MUKPOTPYOOUKH; 5 — acTpanbHble
MUKPOTPY6OUKM

/

=

==

7
Hﬁ/

\

COB0KYNHOCHIbL XPOMOCOM, NOMIOCO6 VI_B0/IOKOH.
BonokHa BepeTeHa NpencTaBIAT co0OI OfM-
HOYHbIe MUKPOTPYOOUKY 1 ux my4uku. Haum-
HAIOTCA MUKPOTPYOOUKM OT IOJIIOCOB BepeTeHa
Yl 4aCTh M3 HUX HAIIpaB/IAeTCA K LIeHTpOMepam,
I/ie PacIoNoXKeHbI KITHETOXOPBI XPOMOCOM (K-
HEeTOXOPHBIE MMKPOTPYOOYKM), YacTh IPOXO-
AUT HajibllI€ I10 HAIIPpaBJIEHNIO K IIPOTUBOIIO-
JIOKHOMY HOJIOCY, HO 0 Hero He JOXOAUT —
«MEXIIOTIOCHBIE MUKPOTPY6O0uKky». Kpome Toro
OT IO/IIOCOB OTXOAMT TPYIIIIA pafuanbHbIX M-
KpoTpybouek, 06pasyst BOKPYT HUX KaK ObI «JIy-
YJCTOE CUSHME» — 9TO aCTPaIbHbIe MUKPOTPY-
60uKu.

ITo o6uieit Mopdonoruyu MutoTdeckue ¢u-
TYpbI He/ATCA Ha JIBAa TUIA: aCTPA/IbHBIA M aH-
acTpanbHbIi (puc. 23.3).

AcmpanvHoiii THII BepeTeHa (MWIM KOHBep-
TeHTHBII) XapaKTepu3yeTcsi TeM, 4YTO ero Io-
JTIOCa TIPEICTABIEHbI HEOOBIION 30HOI, K KOTO-
POII CXORATCS (KOHBEPIUPYIOT) MUKPOTPYOOUKIL.
OO6BIYHO B IO/TI0CAX ACTPa/IbHBIX BEPETEH PacIIo-
JIaTAlOTCSl IIEHTPOCOMBI, COfieprKalljie LeHTpPU-
om. XOTA M3BECTHBI CIy4au OecLeHTpUOAp-
HbBIX aCTPa/JIbHBIX MUTO30B (IIpM Mejio3e HeKo-
TOPBIX 6eCII03BOHOYHBIX). OT IOTI0COB, KpoMe
TOTO, PACXOAATCS paiuia/ibHble MUKPOTPYOOUKIL,

1 \\\\\

\
}.

Puc. 23.3. ActpanbHbiii (a) n aH-
acTpanbHblil (6) TVMbl BepeTeHa
AeneHns B meTadase:

1 — acTep, NyuncToe cusHIue, BOKpYyr
LEHTpWONEA Ha MoMloce BepeTeHa;
2 — amopdHas nonapHas «wwanoy-
Ka» Ha montoce BepeTeHa; 3 — KuHe-
TOXOPHbIE MUKPOTPYBOUKN; 4 — MeX-
MOMIOCHbIE MUKPOTPYHOUKM
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He BXOJSIIVe B COCTaB BepeTeHa, a 00pasyoliye 3Be3uarble 30Hbl — IIUTACTepbL. B Ije-
JIOM >K€ TaKO¥ TUII MUTOTMYECKOTO BepeTeHa HATIOMIHAET CKOpee raHTenb (puc. 23.3a).

AHacTpa/bHBIN TUII MUTOTIYECKOIT PUIYpBI He MIMeeT Ha MOoMocax nuractepos. [To-
JTsIpHBIe 00/1aCTH BepeTeHa 3/1eCh LIMPOKIIE, X HAa3bIBAIOT «IIOJIIPHBIMY LIATIOYKAMIL»,
B MIX COCTaB He BXOJAT LIeHTPMONN. Bo/IOKHa BepeTeHa B JaHHOM C/Iy4ae He OTXOHAT OT
OJIHOJI TOYKM, & PACXOAATCA MIUPOKUM (PPOHTOM (IMBEPIUPYIOT) OT BCENl 30HBI IOJIAP-
HBIX IIaII04YeK. TOT TUII BepeTeHa XapaKTePeH /I AeIAIXCS KIeTOK BBICIINX pacTe-
H]/H7[, XOTs MHOTa BCTPEYAETCA U y BbICHINX JKMBOTHDBIX. Tal(, HaIlpUMeEp, B paHHEM 3M-
OpuroreHese MIEKOIIUTAIOIUX IPU efleHnn co3peBanms oouta v pu 1 u II genenun
3UTOTHI HAOTIOAIOTCA OeCeHTpUOIAPHbIe (IMBepreHTHbIe) MUTO3bL. Ho yke HaumHas
C TpeTbero KJIeTOYHOTO JIeIeHNA U BO BCeX IOCTEeNYIOMNX, KIeTKN Je/ATCA IpK y4a-
CTUM aCTPA/IbHBIX BepeTeH, B IIO/II0CaX KOTOPBIX BCerzia 00HAPYKMBAIOTCSA LIeHTPUOIIN.

B memom xe i Bcex GopM MUTO3a OOLIVIMI CTPYKTYPaMM OCTAIOTCA XPOMOCOMBI
C X KMHETOXOPaMM, OJIIPHbIe TeblLia (LIeHTPOCOMBI) U BOJIOKHA BepeTeHa.

2, LleHTpOMepbI 1 KNHETOXOPbI

HeHTpOMepr, WIn IepBUYHbIE IEHTPOCOMHbDIE IIEPETAKKY, KaK Y‘{aCTKI/I CBA3bIBa-
HIIS1 XPOMOCOM C MUKPOTPYOOYKaMy, MOTYT MMeTh Pa3/IMIHYI0 JIOKATN3ALVIO 110 J/IHE
XPOMOCOM (CM. MeTaljeHTpUdecKie, CyOMeTalleHTpIIecKiie, TeJIOLeHTpudecKue). B 06-
JIACTV IIEPBUYHBIX IIEPETSKEK, ITe K CIOKHOMY KIHETOXOPY ITOAXOAUT IIYYOK MMUKPO-
Tpybouek. HecMoTps Ha pasHOOOpasye 30H LeHTPOMEP, BCe OHY CBSI3aHBI CO CTIOKHOI
CTPYKTYPOIl KUHemoxopa, VIMEIIero IPYHIUIIN-
aJIbHOE CXOZICTBO CTpOeHMA M (PYyHKIUII y BCeX 9y-
KapnorT (puc. 23.4).

I[Ipomie Bcero cTpoeHMe MOHOLEHTPUYECKOTO
KIHETOXOPa Yy KJIETOK IIeKapCKUX ApoxkKeit (Sac-
charomyces cerevisiae). OH cBsi3aH €O cHeLMab-
HbpiM yyacTkoM JJHK Ha xpomocome (meHTpoMmep-
Hb1i1 i CEN-1okyc).

LleHTpoMepbl MJIEKONMTAIOMINX COCTOAT W3
MHOTOKpaTHO moBTopsmomuxca CEN-mokycos,
OéOFa]lIeHHbIX y‘IaCTKaMI/I KOHCTI/ITYTI/IBHOFO reTe-
poxpomaruHa, cogepxauiero catemrHyio JHK,
CBA3aHHYIO C KTHETOXOPaMI.

Kunetoxoper — crenmanpHble OeKOBBIE
CTPYKTYPBbI, pacIoJaraioniecss B 30HaX IIEHTPO-
Mep xpomocoM (puc. 23.5). Kuneroxopsl myuire
U3y4eHbl y BBICHIMX OpPraHu3MoB. KuHeToXophl —
9TO CJIOXKHBIE KOMIUIEKCBI, COCTOSIME W3 MHO-
rux 6enkoB. Mopdo/ornuecky OHU OYeHb CXOMIHBI,
MMEIOT CXOJHO€ CTPOEHIIE, HAYMHAA OT JUATOMO- | _ \yuatoxop; 2 — nydoK KAHETOXOPHBIX
BBIX BOIOPOC/IEN], KOHYasl 4e/IOBEKOM. KHEeTOXOpbl  mukpotpy6ouek; 3 — xpomatiga

Puc. 23.4. KnHeToxopbl pacnonaratoTca B
LIEHTPOMEPHOM paiioHe XPOMOCOM:
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Puc. 23.5. Kunetoxop: Puc. 23.6. YnbTpacTpyKTypa KnHeToxopa:
a — 31eKTPOHHAA MUKPOCKOMNIA KUHeToXxopa MeTadas- 1 — aHadasHasa xpomaTnaa; 2 — TPEXCIOMHbIN KMHETOXOP;
HOV XPOMOCOMbI KneTki KynbTypbl CM3B: T — xpomo- 3 — KUHETOXOpHble MUKPOTPY6ouKM; 4 — GprbposHas Ko-

COMa; 2 — BHELHWIA CNIoiA; 3 — NPOMEXYTOYHaA 30Ha;  POHa
4 — BHyTpeHHuin cnoi. CTpenky MoKa3blBalT Cron
KOPOHBI.

6 — okpacka Knetok Kynbtypbl CM3B aAgepHbIM Gnyo-
poxpomom Dapi: T — XpoMocombl AenAwenca Knetku;
2 — nHTepdasHble agpa.

8 — OKpacCKa TexX e KNEeTOK aHTUTeNaMn K KMHETO-

xopHomy 6enky CENP-A. BuaHbl BOIHble cBeTALMeCA

TOYKM B LIEHTPOMepax XPoMocoMm (1) n B nHTepdasHbIx

anpax (2). (doto N.C. Kyapssuesa)

IIPEJCTABIIAIOT COOOIT TPeXC/IOIHbIE CTPYKTYPBI (CM. puc. 23.5): BHYTPEHHMIT IIOTHBII
CJI0¥1, TPUMBIKAIOIINII K T€/Ty XpPOMOCOMBI, CPEHMI PBIX/IbIV CTIOM, ¥ BHEIHNIA IVIOTHBII
cnoit. OT BHEIITHEeTO C/I051 OTXOAAT MHOXKeCTBO (pubpmii, 06pasys T.H. GMOPO3HYIO KO-
pOHY KuHeToxopa (puc. 23.6).

B o6meit popme KMHETOXOPBI UMEIOT BUJ IVTACTMHOK VIV AUCKOB, JIEXKAIIVX B 30He
HEepPBUYHON IePeTsHKKYM XPOMOCOMBI, B IleHTpoMepe. Ha kaxayilo xpomarupy (xpo-
MOCOMY) OOBIYHO IIPUXOAMUTCA IO OFHOMY KuHeToxopy. JIo aHagasbpl KMHETOXOPBI Ha
KaXK[IOVl CECTPMHCKON XpOMAaTH/ie PACIIONAral0TCA ONIIO3UTHO, CBA3BIBAACH KaXK/[blil CO
CBOVIM ITYYKOM MUKPOTPYOOUEK.

KuHeToXOpB!I IpencTaBAoT co0o0il CIOKHbIe KOMIUIEKCHI, Ifje KpoMe criennduye-
ckoit [THK y4acTByeT MHOXeCTBO KuHeTOXOpHBbIX 6enkoB (CENP-6enku) (puc. 23.7).
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B y4acTke 1eHTpOMepsHI IOJ
TPEXC/IONHBIM ~KVHETOXOPOM
PacIONIOKEeH y4acTOK —TeTe-
poxpoMaTtuHa, 060TraneHHOTO
a-carennutHont THK. 3pecw
e oOHapy>xmBaetcs psp 6ern-
koB: CENP-B, xoropsii cs-
3piBaercsa ¢ a-JIHK, MCAK —
KVHE3MHO MOf06HBIIT 6e/I0K 1
Oe/IKy, OTBETCTBEHHBIE 3a CIIa-
pUBaHIe CECTPUHCKUX XPOMO-
coM (kore3mHsl). Bo BHyTpeH-
HeM (CjI0e KUHeToxopa O6OHa-
PYXeH TaKxe psj OenKoB:
CENP-A, BapuanT rucrosa H,,
KOTOPBIiT, BEPOSITHO, CBSI3bIBA-
erca ¢ ocobprM CDE II yuacr-
koM JTHK, CENP-G, cBs3biBa-
IOLINIACS ¢ Oe/IKaMM SIIepPHOTO
MaTpUKCa, KOHCEPBATMBHBIN
6enmok CENP-C, ¢ Hemssecrt-
Holl moka ¢dynkumeit. B cpepn-
HEM pBIXJIOM c/loe OOHapy-
ke 6enok 3F3/2, xoTopblit,
BEPOATHO, KaK-TO PEeTUCTpU-
pyeT HaTsKeHMe IYYKOB MIU-
Kporpybouek. Bo BHemHem
IVIOTHOM CJI0€ KMHeTOXOpa
obHapyxens! 6enku CENP-E
n CENP-E vyuyactByromue B
CBASBIBAHMM  MUKpOTpybO-
gek. Kpome Toro, 3ech 0OHa-
PY>KeHBI OeNIKM ceMelicTBa Iiy-
TOIVTIa3MAaTUYECKUX OVMHENMHOB.
JIHTepecHO, YTO HEKOTOpbIe
Oe/IKM KVHETOXOpPOB, HAIpU-
mep CENP-A, cBA3aHbI ¢ Xpo-
MOcCOMaMu fiaxke B uHTepdase
(puc. 23.8).

DyHKUMOHANBHAS ~ POJIb
KIHETOXOPOB 3aK/II0YaeTCs B
CBSA3BIBAaHUM MEX]Y co00il ce-
CTPUHCKMX XPOMaTHA, B 3a-
KPEIUVIEHNY  MUTOTUYECKUX

301

Puc. 23.7. Jlokanusauusa LeHTpomepHbIx 6enkoB u JHK:

] — XpOMOCOMa; 2 — LeHTpomepa; 3 — MUKPOTPpyboukm; 4 — drbpos-
Haa KopoHa: CENP-E, guHeunHbl; 5 — BHewHun cnoit: CENP-E, CENP-F; 6 —
MpoMexyTouHas 30Ha; 7 — BHyTpeHHui cnoit: CENP-C, IHK; 8 — uieHTpo-
MepHbI retepoxpomatuH: a-catennntHaa [HK, CENP-B, MCAK, INCENP
(koresuH)

Puc. 23.8. [noTtetnueckasa mogenb CTPOEHMA KMHETOXopa:

a — [eKOHAEHCNPOBAHHAA LIEHTPOMEPa; 6 — YaCTUYHO KOHAEHCUPOBaH-
HaA LeHTpoMepa; 8 — KNHETOXOP B COCTaBE XPOMATUAbI:

1 — yyacTtok [IHK ¢ 6enKkoBbIMU CErMeHTaMU, CBA3bIBAIOLLMMN MUKPOTPY-
60uKm; 2 — NHKepHbIA yyactok JHK; 3 — cdhopMnpoBaHHbI KUHETOXOP;
4 — MUKPOTPYOOUKM; 5 — nieyn XpoMocom
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MUKPOTPYOOUEK, B pery/Isnuy pasbeJHEHsI XPOMOCOM U B COOCTBEHHO IBVDKEHUN
XPOMOCOM BO BpeMsI MUTO3a IIPU YYaCTUY MUKPOTPyOOUeK.

K kmHeTOXOpaM MOAXOAAT MUKPOTPYOOUKY, PacTyIye OT HOMI0COB, OT LIEHTPO-
coM. MuHMMa/IbHOE VX YMC/IO Y POXIKeil — OfHa MUKPOTPY6OUKa Ha KaX/[yI0 Xpo-
MOCOMY. Yanoch IoKa3aTb, 4YTO C/IO>KHbIE KMHETOXOPbI BBICUINX OPTaHU3MOB IIpefi-
CTaBJIAIOT COOOM CTPYKTYPY, COCTOAMIYIO 13 HOBTOPAIOIUXCA CyOBeAMHNL, KaX/jas
U3 KOTOPBIX CIIOCOOHA 0Opa3oBBIBATH CBA3M C MUKPOTpyOoukamm (cM. puc. 23.8).
ITo opHOI M3 MoOfenelt CTpOeHMA LIEHTPOMEPHOTO Y4acTKa XpOMOCOMBI (3MHKOBCKU,
Meiine, bpunkn, 1991) npepnoxeHo, 4To B nHTepdase Ha crnenudUIecKux ydacT-
kax [IHK pacnonosxeHsl cyObefMHUIBI KTHETOXOPA, COfeprKallllie Bce XapaKTepHbIe
6enxu. ITo Mepe KOHfIEHCALMM XPOMOCOM B npodase aTU CyObeqHNUIIBI IPYIIINPY-
I0TCSL TAaKUM 00pa3oM, YTO CO3JaeTcsl 30Ha, oboralieHHas STUMIU OeTKOBBIMU KOM-
IJIeKCaMyi — KIMHETOXOP.

Knnetoxopsl, 6enKkoBble B 001[eM CTPYKTYpbI, YABaUBAIOTCA B S-IIepUOJie, Mapai-
JIeTIBHO YABOEHNI0 XpoMocoM. Ho 1xX 6Ky IpUCYTCTBYIOT Ha XPOMOCOMaX BO BCeX IIe-
pHOfiaxX KIeTOYHOTO UKIa (cM. puc. 23.5).

3. MexaHuka MnuTo3a

Bo MHOTUX pasfienax JaHHON KHUTY MBI YK€ Kaca/IiCh IOBENEHNA PasINIHbIX KIle-
TOYHBIX KOMIIOHEHTOB (XPOMOCOM, AZPBILIEK, A/IePHOI 000MTOYKY 1 Ap.) IPU KIeTOY-
HOM JieneHnu. Ho BepHeMcs K 3TMM Ba)KHENIINM IpolieccaM, YToObl pasobparbcs B
HIX YK€ B IJeJIOM.

Y KJIeTOK, BCTYIMBIINX B LIUK/I fielleHus, (hada COOCTBEHHO MUTO3a, HEIIPSIMOTO Jie-
TIEHV s, 3aHMMAeT OTHOCUTENbHO KOPOTKOe BpeMs, Bcero okono 0,1 BpeMeHu K1eTod-
HOro IMK/Ia. [IMK/ snuTenanbHbIX KI€TOK KMUIIEYHMKA MBI JIJINTCA OKO/IO 20-22 4,
Ha MITO3 e puxopuTcs Bcero 1 4. [Tpn gpobnennn AiekaeToK Bech KIeTOUHBII ITe-
PMOJ, BKIIOYAs MUTO3, MOXKeT OBbITh MeHble yaca. Kak y>ke roBopmaoch (cM. I7aBy 5),
MOATOTOBKA K JIE/IEHNIO K/IETKM HAUMHAETCs Y>Ke B S-Ilepuojie, KOrja pernniyupoBaH-
Hble XpoMaTuabl npu yyacTuy SMC-6e/1KkoB, BKII0Yast KOH/ICHCUHBI Y KOT€3UHBI, CBSA-
3BIBAIOTCA [IPYT C IPYTOM, 00pasyst MUTOTIYIECKYI0 XPOMOCOMBI.

IIpouecc MUTOTMYECKOTO JENEHNA KIE€TOK IPUHATO IMOAPasfeATh Ha HECKONbKO
OCHOBHBIX (a3: mpodasa, nmpomeracdasa, meradasa, aHadasa, Tenodasa. [pannisr
MeXly 9TMM PpasaMy YCTAaHOBUTb TOYHO OYeHb TPYAHO, IOTOMY 4TO CaM MUTO3 IIpefi-
CTaB/IsAeT OO0 HEITPEPBIBHBIN MPOLiec ¥ cMeHa a3 MPONUCXOAUT OYeHb OCTeIIeHHO:
OfIHA UX HUX He3aMeTHO IePeXOAnT B Apyryo (puc. 23.9). EnuncrBenHas ¢asa, KOTo-
pas MMeeT peajbHOE Hayaslo, 9TO aHadaza — Havalo ABVDKEHUS XPOMOCOM K IIOJIIO-
caMm. JI/IMTebHOCTb OTHENMbHBIX (a3 MUTO3a pas3/NyHa, Hanbomee KOpPOTKas IO Bpe-
MeHn aHadasa (tabm. 15).

Ompepensercsa BpeMs OTAEIbHBIX (a3 MUTO3a JIydllle BCETO IIPY IPAMOM HabIIofie-
HIU 3a JleJIeHVeM JKMBBIX K/IETOK B CIIelIMa/IbHbIX KaMepax. 3Has BpeMsA MUTO033a, MOXKHO
PacCUNTaTh AIUTEIbHOCTD OT/ENIbHBIX (pa3 1o MPOLEHTY UX BCTPEYaeMOCTH CPENN Jie-
TAMINXCA KJIETOK.
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Tabnuua 15. InnutenbHocTb $pa3 MiTO3a
MpoaomkuTenbHOCTb, MUH
06beKT
npodasa meTadasa aHadasza Tenogasa
Knetkn capkombl locmgo 14 31 4 21
KneTKu KynbTypbl cene3eHKm MbiLuu 20-35 6-15 8-14 9-26

ITpodasa. Yxe B koHIle G,-TIeprofia B KJIeTKe HAYMHAIOT IIPOMCXOANTD 3HAUNTE/Ib-
Hble IepecTpoiiku. TOYHO ONpenennTh, KOIa HacTymaeT npodasa, MOPPOIOrnIecKn
HeBO3MOXHO. JIyummm KpurtepueM A Hadajaa 3TOM (asbl MUTO3a MOXKET CITYXUTb
HOsABJIEHNE B AM[paX HUTYATBIX CTPYKTYP — MUTOTHYECKUX XpoMocoM (puc. 23.10a).
ITOMY COOBITHIO TIpeNLIeCTBYeT IOBBIIIeHNEe aKTUBHOCTU (ocdopnnas, mopnduim-
PYIOLIMX THCTOHBL, 1, B IIEpBYI0 o4epep, rucTod H1. B mpodase cectpunckue xpoma-
TYU/BI CBA3AHBI IPYT C APYTOM OOK 0 60K € IIOMOIIbIO 6€/IKOB-KOTe31HOB, KOTOpPbIe 00pa-
3yIOT 3TU CBSI3M ellie B S-Tieprofie, BO BpeMs yiBoeHuA xpomocoM. K mosgueit mpogase
CBA3H MEXJY CECTPUMHCKMMU XPOMAaTU/IaMI COXPAHAETCA TOJIbKO B 30HE KMHETOXOPOB.
B mpo¢asHbIX XpOMOCOMax y>ke MOXKHO HaOJTI0IaTh 3peJible KNHETOXOPBI, KOTOPBIE ellle
He VIMEIOT HUKAKNX CBfA3ell ¢ MUKPOTPyOOIKaMu.

KonpeHcauus XpoMocoM B INpo¢asHOM sfjpe COBIIAlaeT C PEe3KUM YMeHbllle-
HI€M TPAaHCKPUIILMOHHOM aKTUBHOCTY XPOMaTVHA, KOTOpas IOTHOCTBIO MCYe3aeT K

Puc. 23.9. VHTepda3Han Knetka KynbTypbl ne- Puc. 23.10. Te e kneTku B npodase:

FOYHOV TKaH! TPUTOHa: a — pacxofiAlumeca KnetouHble LeHTpbl (KL); 3eneHbim
MT — muKpoTpybouKkM (enTble), OoKpalleHHble Me- 0603HaueHbl MUKPOTPYHOUKM, OKpalLeHHble aHTUTeNamu K
UeHHbIMU aHTUTenamu K Ty6ynuHy; KL — KneTouHbilit Ty6ynuHy; ronybbim LBeToM 0603HaueHbl Xpomocombl (XC),

LeHTp; A — agpo (doto AJ1. Xopsakosa) OKpalLeHHble ¢pnyopoxpomom Dapi (pomo A.J1. Xodskosa)
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Puc. 23.10. Te xe KneTku B npodase:

6 — B meTadaze: MUKpPOTPY6OUKM BepeTeHa (B) 1 kneTouHble LeHTpb! (KL) 0603HaueHbl XXenTbiM LBETOM, XPOMOCOMbI FO-
ny6bie (XC), KpacHbIM 0603HaueHbl MPOMEXYTOUHble drnamMeHTbl; 8 — B aHadase; 2 — B paHHel Tenodase; 0 — B N034-
Hel Tenodase, uutotomma (doto AJl. Xogakosa)
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cepenute npodasbl. B cBsasu ¢ mamenuem cuutesa PHK u koHpeHcarueit xpomatnHa
IPOVCXOAUT MHAKTUBALVA Y SAPBIIIKOBBIX TeHOB. IIpy aTOM oTfenbHble GUOpMIIAp-
Hble LIEHTPbI CIMBAIOTCA TaK, YTO MPEBPAIAIOTCA B AAPBIIIKO-00pasyolliie YIacTKI
XPOMOCOM, B SI[[PBIIIKOBbIE OPraHN3aTOPbI. Bo/bIIas YacTh APHILIKOBBIX OEIKOB AIC-
COLMMPYET U B CBOOOZHOM BIfie BCTPEYaeTCsl B IIUTOIUIA3Me KIIeTKY VIV CBSI3bIBAETCS
C TIOBEPXHOCTBHIO XPOMOCOM.

OIHOBpPEMEHHO C 3TUM IPOUCXOANUT (pochHopUIMpoBaHMe psAfa OENTKOB JTaMUHbI
AepHOIT 0007I0UKM, KOTOpask pacmanaercs. IIpy aToM TepsieTcsi CBsA3b siiepHOI 060-
JIOUKN C XpOMOCOMaMI. 3aTeM sifiepHast 060/1049Ka pparMeHTUPYeTCs Ha MeJIKMe BaKy-
07111, @ TIOPOBbIE KOMIIIEKCHI MICYE3aI0T.

[TapaienbHO STUM IIpOLeccaM IPOMCXOAUT aKTUBALVA K/IETOYHbIX IIEHTPOB. B Ha-
qajie Ipodassl pa3byuparTcs MUKPOTPYOOUKM B IIUTOIIa3Me M HauMHAeTCs OypHBII
POCT MHOXXeCTBA aCTPaTbHBIX MUKPOTPYOOUEK BOKPYT KaXK[[0J U3 YABOMUBIUMXCS [V-
mw1ocoM. CKOpOCTb pocTa MUKPOTPyOoUek B mpocdase MOYTHU B [jBa pasa BbILIE POCTa
uHTepda3HbIX MUKPOTPYOOUEK, HO TaOMIBHOCTD UX B 5-10 pa3 Bblllle [IUTOIIa3MaTI-
yecKyX. Tak eci BpeMs OMy>XU3HY MUKPOTPYOOUeK B IIUTOIIa3Me COCTAB/IET OKOJIO
5 MUH, TO BO BpeMs IIepBOil II0JIOBUHBI MUTO3a — BCETo JIMIIb 15 c. 37ech ele B 60/1b-
IIeii CTEeTIeHN NPOSBIACTCA JUHAMIYecKas HeCTabuIbHOCTb MUKpOTpy6ouek. Bee mu-
KPOTPYOOUYKY, OTXOAALINE OT LIEHTPOCOM, PacTyT BIIEpef, CBOUMIU (+)-KOHIIAMIL.

AKTUBUpOBaHHbIE IIEHTPO-
COMBl — Oyamyliye IMOMIOCa Be-
peTeHa Je/leHus — HauMHAIOT
PacXofiUTbCA APYT OT Apyra Ha
HEKOTOpoe paccTrosHMe. Mexa-
HM3M TaKOro IpodasHOro pac-
XOX/IEHVS TIOTIOCOB 3aK/II0Ya-
eTcsi B CJeAyIOLIeM: UAyLIVe
HaBCTpedy APYyT APYTy aHTHUIIA-
pajUIeNbHble  MUKPOTPYOOUKM
B3aUMOJIEVICTBYIOT MEXAY CO-
6011, 4YTO MPUBOJUT K UX OONb-
mell cTabwmsauum M pacrain-
KVMBaHMIO ITONTI0COB (puc. 23.11).
OTO NPOUCXOAMUT 3a CYeT B3a-
UMOJENCTBUsL C  MUKpPOTPY-
604YKaMM [IMHENHO-IIOLOOHBIX
0€e/IKOB, KOTOpble B IIEHTpA/b-
HOJl 4acTM BEpeTEeHa BBICTPA-
MBAIOT MEXIIOMIOCHbIE MUKPO-
TpyOOUKM MapajUIeNibHO [IpyT
npyry. OZHOBPEMEHHO C 3TUM
IPOJO/KAETCS UX IIO/IVIMEpPU-

3aluA U poCT, KOTOPBIE CONIPO- 5 paHHAsA; 6 — CpefHnAn; 8 — No3aHAA npodasa. CTpenkn ykasbisatoT
BOX/IAIOTCA OOHOBPEMEHHO C  HanpaBnieHue pocTa MUKPOTPYOOUeK, UX (+)-KOHLibI

Puc. 23.11. MexaHn3m pacTanknBaHua NoatocoB 3a cyeT ctabu-
SIN3aLMN aHTUNAPANNENbHbIX MUKPOTPYOOUEK, OTXOZAWMX OT
pa3HbIX MOOCOB:
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Puc. 23.12. YuacTue MOTOPHbIX 6EIKOB B pacTasikvBaHKUM MOJIOCOB 1 06pa3oBaHN BepeTeHa.

a — paHHAa ctagua: T — actpanbHble MT, 2 — mexnoniocHble MT, 3 — guHenH-nofo6Hble 6enku; 6 — nNo3aHAA CTagua:
4 — nna3maTtnyeckas MembpaHa, 5 — KHe3MHbI

UIX pacTa/JIKMBaHMEeM B HAIIPaB/IeHNM K IIOJIIOCaM 32 CUeT pabOoThl KMHE3NHO-TTOTO0OHBIX
6enkoB (puc. 23.12). B aT0 BpeMms ipu 06pa3oBaHuu BepeTeHa MUKPOTPYOOUKM C Kii-
HETOXOPaMI XPOMOCOM ellle He CBSI3aHbl.

B mpodase ogHOBpeMeHHO ¢ pa3bOpPKOIl LMUTOIIA3MATUYECKUX MUKPOTPYOOUEK
IPOVCXOANT Ie30PraHu3aIs SH/JO0IVIa3MaTNYeCKOTO PeTUKY/TyMa (OH paclafjaeTcs Ha
MeJIKMe BaKyoJIy, JieXalyue o nepudepun KIeTKu) U anmapara [olbIKi, KOTOPBI
TepsieT CBOI0 OKOJIOSIZIEPHYIO JIOKAIM3ALMIO, PACTIaflaeTCsl Ha OTHe/IbHbIE AVKTHOCOMBI,
6e3 mopsiaKa pasbpocaHHble B IIUTOIIA3ME.

ITpomeradasa. [Tocie paspylueHus AfepHOIT 060I0YKI MUTOTUYECKIIE XPOMOCOMBI
6e3 ocoboro mopsfiKa jexxar B 30He OBIBIIEro sifipa. B mpomeradase HauMHaeTCs UX
[BVDKEHME U TlepeMelileHlie, KOTOpoe B KOHeYHOM UTOTe TIPUBeeT K 00pasoBaHMIO K-
BaTOPUAIbHON XPOMOCOMHOII «IUIACTUHKI», K YIIOPSAZOYEHHOMY PACIIONOKEHIIO XPO-
MOCOM B LIEHTPa/IbHOJ 4acTy BepeTeHa yxe B MeTadase. B mpomeradase HabmogaeTcs
IIOCTOAHHOE OBVDKEHNE XPOMOCOM WM/IN METAKMHES, IIPpM KOTOPOM OHU TO Hp]/I6TH/DKa-
I0TCsI K TIOJIF0CAM, TO YXO/SAT OT HUX K LIEHTPY BepeTeHa, [IOKa He 3aiiMyT CpejjHee I07I0-
JKeHIe, XapaKTepHoe I/1s MeTadasbl (KOHIPeCCus XPOMOCOM).

B nauase mpomeTadaspl XpOMOCOMBI, /IeXKalie 6/1mxe K OffHOMY 13 ITOJII0COB 06pa-
3YIOLIEr0Cs BepeTeHa, HAYMHAIOT OBICTPO K HEMY IIPUOMIKAThC. DTO IPOUCXOUT He
OJJTHOMOMEHTHO, HO 3aHMMAET OIIpefle/IeHHOe BpeMs. bblIo HalileHo, YTO TaKol Iep-
BIMYHBI/ aCMHXPOHHBIN ipeiid XpOMOCOM K Pa3HBIM IIOMTIOCAM MPOMCXONUT C IIOMO-
I[bI0 MUKpPOTpy6OoUeK. VIcIonb3ys BUeo-3/1eKTPOHHOE ycuieHne $Ha3oBoro KOHTpa-
CTa B CBETOBOM MUKPOCKOIIE, YAATOCh Ha )XMBBIX K/IeTKaxX HaO/MI0aTh, YTO OT/e/IbHbIe
OTXOAAIINE OT MOTIOCOB MUKPOTPYOOUKM CITYYaiiHO JOCTUIAIOT OXHOTO 13 KMHETO-
XOPOB XPOMOCOMBI U CBSI3bIBAIOTCS C HUM, «3aXBaThIBAIOTCS» KnHeToxopoM. [Tocie
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3TOTO TIPOUCXOIUT OBICTPOE, CO CKOPO-
CTBIO OKOJIO 25 MKM/MIH, CKOJIb)KEeHIE
XPOMOCOMBI BJJOTIb  MUKPOTPYOOUKM
10 HaIIpaBJIEHNIO K ee (-)-KOHIy. ITO
OPUBOAUT K TOMY, 4TO XPOMOCOMa
npubmoKaeTca K IOMIOCY, OT KOTO-
pOro mpousonrIa 3Ta MUKpOTpybOoUIKa
(puc. 23.13). Ba)XHO OTMETUTBH, YTO KM~
HETOXOPbI MOTYT KOHTaKTHPOBAaTb C
6OKOBOII TOBEPXHOCTHIO TAKIX MUKPO-
Tpy6ouek. Bo BpeMst TAKOTO BVKEHNS
XPOMOCOMBI MMKPOTPYOOYKM He pas-
6upatorcs. BeposTHee Bcero, 4ro 3a
Takoe OBICTpOe IepeMelleHIie XPOMO-
COM OTBe4YaeT MOTOPHBIN OeJIoK, aHa-
JIOTVIYHBI IIMTOI/Ia3MaTUIeCKOMY M-
HeNHy, 0OHapy>XeHHOMY B KOPOHE KIi-
HETOXOPOB.

B pesynbrare Takoro mepBUYHOTO
npoMeTadasHOro MABVDKEHUS XPOMO-
COMBI OKa3bIBAIOTCs CITyYallHBIM 00pa-
30M IIPUOVDKEHBI K IIO/II0CAM BEpPeTeHa,
T7le TPOMIO/KAET MPOUCXOANTh 06paso-
BaHJEe HOBBIX MUKpoTpybouek. Oue-
BUJIHO, YTO 4eM OiKe K LIEHTPOCOoMe
OymeT HaXOZUTHCS XPOMOCOMHBIN KIi-
HETOXOp, TEM 6y,ueT BbIIIE CTY4aliHOCTDb
ero B3aUMOJEIICTBYUA C APYTUMM MU-
KpoTpyboukamu. B aTom cirydae HOBBIe,
pactymue (+)-KOHI[BI MUKPOTPY6O-
YeK «3aXBAThIBAIOTCS» 30HON KOPOHBI
KMHETOXOpa; Temepb C KMHETOXOPOM

Puc. 23.13. MuToTnyeckne ABVKEHUA XPOMO-
com:

a — npodasa, apeid CABOEHHBIX XPOMaTUA K nosto-
cam BepeTeHa; 6 — npomeTadasa, Apeiid CABOEHHbIX
XpOMaTug B 3KBaTOpMabHy 061acTb BEPETEH]; 8 —
meTaasa; 2 — aHadasa A, pacxoxeHne Xxpomatug K
nontocam; 0 — aHadasa b, pacxoxaeHue noncos (ToH-
KUe CTPesKM MOKa3blBaloT NOTOK MOHOMEPOB Ty6y/Ha,
TONCTbIE — HAMPABNEHNE [BVKEHNA XPOMOCOM)
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OKa3bIBaeTCs CBA3aHHBIM IIy-
YOK Y3 MMKPOTPyOOdYeK, poCT
KOTOPBIX IPOJO/DKAETCA Ha UX
(+)-xonue. Ilpu pocre Takoro
IIy4yKa KMHETOXOp, a BMecCTe C
HUM U XPOMOCOMA, JOJ/DKEH Ile-
peMemiatbcsa K LEHTPYy Bepe-
TEeHa, YanATbcA oT nomoca. Ho
K 9TOMY Bpe€MEHM OT IpOTU-
BOIIOJIOKHOTO IIOTI0CAa KO BTO-
pOMYy KHUHETOXOpYy [pyrom ce-
CTPUMHCKOM XPOMATHUJbI IIOfI-
PacTaT CBOM MUKPOTPYOOUKH,
IIy4YOK KOTOPBIX HA4MHAET Ts-
HYTb XpOMOCOMY K IIPOTMBOIIO-
no>xHOMY Tontocy. Hannune Ta-
KON TAHYLEN CUIbI JOKasblBa-
€TCA TEM , 4TO €C/IM JIA3EPHBIM
MUKDOIY4OM IIepepesarb IIy-
YOK MUKPOTPYOOYEK y OFHOTrO
U3 KUHETOXOPOB, TO XPOMO-
COMa Ha4YMHAaeT [BUTaTbCA K

IPOTUBOIIOIOKHOMY  TIOJIIOCY

Puc. 23.14. TMepepeska nyyka KUHETOXOPHbIX MUKPOTPYBOUEK (pI/Ic. 23.14). B HOPMAa/TbHBIX JKe
(cTpenka) B mpomeTadase BbI3bIBAET [ABUXEHWE XPOMOCOM K

MPOTNBOMOIOKHOMY NOMIOCY:
a — CxXogHasa no3nyma Xxpomocom; 6 — nocne nepepesku

YCTIOBMAX XPOMOCOMa, COBep-
mas HeOGOJbIIINe IepeMelleHns
B CTOPOHY TO OJHOTO, TO JpY-
roro IHOJII0Ca, B pe3y/bTaTe II0-
CTENleHHO 3aHMMaeT CPeVHHOe IOJTIOXKeHNe B BepeTeHe. B mpomecce mpomertadas-
HOTO JApeliha XpOMOCOM NIPOVCXOAUT YA/IMHEHMe, HapallBaHie MUKPOTPyOOUYeK Ha
(+)-KOHIJax, KOI/ja KIHETOXOP [IBIDKETCS OT MOJI0Ca, U pasbopkKa , yKopadrBaHye MI-
KpOTpyOouek Toxe Ha (+)-KOHIle, KOT[la CECTPUHCKIIT KMHETOXOP JABVDKETCS IO Ha-
IPaBJIEHNIO K IIOJTIOCY.

S/ II€EpEMEHHDBIE IBVIDKEHUA XPOMOCOM TO Tyna, TO CI01a IpUBOJAT K TOMY, YTO OHA
B KOHI[e KOHIIOB OKa3bIBAIOTCsI B 9KBATOPE BepeTeHa I BHICTPANBAIOTCS B MeTadasHY0
IIACTUHKY (cM. puc. 23.100).

Merada3sa. B metadaze (cm. puc. 23.100), Taxoke Kak u B [pyrux ¢pasax MuUTO3a, He-
CMOTPs1 Ha HEKOTOPYIO CTAOM/IN3ALMIO ITYYKOB MUKPOTPYOOUEK, IPOLO/DKAETCS UX I10-
CTOSTHHOE OOHOBJIeHVe 3a c4eT cOOpku n pasbopku TyOynmnHOB. Bo Bpems meradassl
XPOMOCOMBI PACIIONATAIOTCA TAK, YTO UX KMHETOXOPBI 0OpalleHbl K IPOTUBOIIOTIOXK-
HBIM ITO/IOCaM. B 3T0 >ke BpeMs IpOMCXOUT MOCTOSTHHASA HepeOOpKa I MEKIIOMI0CHBIX
MMKPOTpPYOOUeK, YNMCIO KOTOPHIX B MeTadase JocTuraeT Makcumyma. Ecim Ha mera-
¢dasHyI0 KJIETKY TIOCMOTPETD CO CTOPOHBI IIOIIOCA, TO MOKHO BUJETH, YTO XPOMOCOMBI
PAaCIONaralTCs TaK, YTO MX LIEHTPOMEpPHBbIE YYaCTKM OOpallleHbl K IIeHTPY BepeTeHa,
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a wreun — K nepudepun. Ta-
KO€ pacCIionIoXXeHne XxpoMmocoM
HOCUT Ha3BaHME «MaTE€pUH-
CKOIT 3Be3[[bl» U XapaKTEPHO
IUIS1 KJIETOK JKMBOTHBIX.

K xoH1y MeTtadassl 3aBep-
maetcsi mpouecc 06ocobie-
HUA JPYT OT Jpyra CeCTpUH-
cKux xpomatug. VIx neqn ne-
KT MapalenbHo APYT APYTY, a—SuG,— dasbl; 6,8 — meTadasa; @ — aHadaza; 1 — xpomocoma; 2 —
MEXYy HUMM XOPOIIO BUIHA  yoresyHbi; 3 — kuHeTOXOp
X paspendwowan mens. Ilo-
CJIEHUM MeCTOM, TIJle KOH-
TaKT MEXJY XpOMaTujaMu
COXpaHsAEeTCs, ABNAECTCA ILeH-
TpoMeE€pa; BIIOTb O CaMOTO
KOHIIa MeTada3bl XpOMAaTHU/IbI
BO BCE€X XpOMOCOMaXx OCTa-

Puc. 23.15. Kore3anHbl B MUTOTUYECKOM LIKIIE:

Puc. 23.16. B aHada3e npoTeasa cenapasa pa3pyLiaeT KoresmHbl
IOTCA  CBA3AHHBIMU B TI€H- B L|eHTPOMEPHOM PANOHE, YTO MO3BOAET CECTPUHCKMAM XPOMATU-
TPOMEPHBIX Yy4YacCTKaX C TIO- AaM OTTaNKMBATbCA APYT OT Apyra

MOIIBIO OEIKOB KOTe31HOB
(puc. 23.15).

Anadasa HauMHAETCS BHE3AITHO, YTO XOPOIIO MOYKHO HAOJIIOATh MY BUTATBHOM
uccnenoBayy. AHadasza HauMHAETCA C pa3beflMHEHNA BCEX Cpa3y XpOMOCOM B IIeH-
TPOMEPHBIX y4acTKaX. B 9T0 BpeMsA MpOMCXOANT OGHOBpEMEHHAA JleTpajjaliiis LIEHTPO-
MEPHBIX KOT€3MHOB, KOTOPbI€ CBA3BIBA/IN [JO STOIO BPEMEHN CECTPUHCKIE XPOMATHbL.
Takoe ofHOBpeMeHHOe OTJe/leH/ e XPOMAaTHJ, [T03BO/IsAeT HayaTh X CMHXPOHHOE pac-
XOXzieHye. XpoMOCOMBI BCE BJIPYT TEPAIOT LJeHTPOMEPHBIE CBASKM M CMHXPOHHO Ha4M-
HAIOT YJJalATHCA OPYT OT PYTa I10 HallpaB/IeHMIO K IPOTHBOIIONIOKHBIM IIOTI0CaM Bepe-
teHa (puc. 23.10, 23.16). CKOpOCTb ABV>KEHNS XpPOMOCOM paBHOMEpHasi, OHa MOXET J0-
cruratb 0,5-2 MKM/MUH. AHadasza — camas KOPOTKas CTafiusA MUTO3a (HECKOBKO % OT
BCET0 BPEMeHN), HO 3 9TO BpeMs IIPOVICXOANT LIe/IbII psj cCOObITHIL. [TaBHBIMM 13 HUX
ABJIAIOTCS CEeTperanys ABYX MAEHTUYHBIX HAOOPOB XPOMOCOM I TPAHCIIOPT UX B IPO-
TUBOIIONIOKHbIE KOHIIBI KJIETKM.

IIpu pBYO>KEHUM XpOMOCOM OHM MEHAKIT CBOK OPMEHTALNMIO M YacTO NPVHMUMAIOT
V-o6pasnyto ¢popmy. Bepimnna nx HampasieHa B CTOPOHY IIOTIIOCOB JIeJIEHIA, A TJIeUN
KakK OBl OTKVMHYTHI K LIeHTPY BepeTeHa. Ecu nmepey anagasoit mpousolties paspblB Ijieda
XPOMOCOMBI, TO BO BpeMs1 aHadasbl OHO He Oy/IeT y4acTBOBATb B IBVDKEHUI XPOMOCOM
Y OCTaHeTCs B LIEHTPAIbHOI 30He. DTV HAOTIOfleHNs TT0Ka3aly, YTO UMEHHO LIeHTPO-
MEPHBIN y4aCTOK BMECTE C KWHETOXOPOM OTBEYAET 3a ABIKEHME XpoMocoM. CosjaeTcs
BIIeYAT/IE€HNE, YTO 3a LIEHTPOMEPY XPOMOCOMa OTTATMBAETCSA K IIOMIOCY.

Co6CTBEHHO pacxOX/eHVe XPOMOCOM CJIaraeTcs U3 JABYX IpoIleccoB: 1 — pacxo-
XKJIeHJe XPOMOCOM 3@ CYeT KTHeTOXOPHBIX ITyYKOB MUKPOTPYOOUeK, 2 — pacXoK/eHue
XPOMOCOM BMeCTe C IIOJII0OCAMM 3 CYeT YAIMHEHMS MEeXIOMIOCHBIX MUKPOTPybOUeK.
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IlepBbpIil M3 3TUX IPOLLECCOB HO-
CUT Ha3BaHMe «aHadasa A», BTO-
poit — «anadasa B» (puc. 23.17).

Bo Bpems anadasel A, korna
TPYIIIBl XPOMOCOM HAuMHAIOT
JIBUTATbCs 10 HAIPABICHUIO K
IOJII0CaM, IPOMCXOUT YKOpa-
4qUBaHlE€ KMHETOXOPHBIX my4-
KOB MMKpOTpy6ouek. MOKHO
OBIIO OXMAATb, YTO B 3TOM CIIy-
Yae JIeIOMMepu3aLusa MUKPO-
TpyOOUeK JO/KHA IPOUCXOUTD
Ha ux (-)-KOHIIAX, — KOHIIAX,
Ompkarumx K nomocy. OgHako
OBIIO OKa3aHO, YTO MUKPOTPY-
Puc. 23.17. AHadasHoe pacxoxaeHne XpoMoCom: 6ouKy JeiicTBUTENbHO pasbupa-
a— aHadaza A; 6 — aHadasa B I0TCS1, HO O0b1Lelt 4acThio (80%)
¢ (4)-KOHLIOB, HpMIEXAIUX K
KMHETOXOpaM, a XpOMOCOMa
[IBVDKETCSI 10 HANpPaBIeHMIO K
(-)-KOHILly MMKpPOTPYyOOUeK, KO-
TOPBIl PacIONIOKeH B 30HE LieH-
Tpocombl (puc. 23.18). Oxasa-
JI0Ch, YTO TaKoe ABIDKEHME XPO-
MOCOM 3aBYCUT OT IPUCYTCTBUSA

<

k}é&ﬂ%
= UM
//l\% = _______________j /R ATSD M OT HaIN4YMsA TOCTATOY-
// HOJI KOHL[eHTpanyyu noHoB Ca’'.
o) = => r To, 4T0 B cOCTaBe KOPOHBI KMHe-
TOXOpa, B KOTOPYI0 BMOHTHUPO-
BaHBl (+)-KOHIIBI MUKPOTpPy6O-
4yeK, OOHapy>keH Oe/IOK [VHeNH,
[TO3BOJINJIO CYUTATh, YTO MUMEHHO
OH SIBJISI€TCSI MOTOPOM, KOTOPBIIt
IIOoATATNBAECT XpOMOCOMy K IIO-
mocy. ORHOBpPEMEHHO C 9TUM
HIPOMCXOINT [erONMMePU3aLis
KMHETOXOPHBIX MUKPOTPYOOUeK

Ha (+)-KoHi1ie (puc. 23.19).
[Toce OCTaHOBKM XPOMOCOM
y HO/IOCOB IPOUCXONUT HOTION-
HUTE/IbHOE UX PACXOXKIeHMe 3a
CYeT yHaleHusl IIOIOCOB [APYT

a — obecuBeyrBaHne nyyka GAyopecLMMpyIoWnNX MUKPOTPyboUeK oT npyra (aHaq)a?’a B). Tloka-
(cTpenku); 6 — xpomocoma NpubAMKaeTca K 061yUyeHHOMY yUYacTKy 3aHO, YTO P 3TOM NPOUCXOINUT

Puc. 23.18. XpomMocombl ABUralOTCA K MOMOCaM 3a CHeT yKopa-
UMBaHNA MUKPOTPYHOUEK Y KUHETOXOPOB:
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HapaiuBaHye (+)-KOHIIOB MEXIIO-
JIIOCHBIX MUKPOTPYOOUYeK, KOTOpbIe
MOTYT 3HAYNUTENHHO YBEIMIMBATHCS
B mavHy. B3ammopeiictBue Mexny
TUMU AHTUIAPA/IIENIbHBIMU M-
KpPOTpyOOuKaMu, IpUBOAsIIee K X
CKOJIBXEHWUIO [PYT OTHOCUTETHHO
[pyTa, OLpefenseTcss APYTUMU MO-
TOPHBIMMI KVHE3VH-TI000HbIMNI
6enkamu. Kpome toro, momoca f1o-
[IOJIHUTEIbHO TOATATUBAITCA K IIe-
pudepnn KIeTKM 3a CYeT B3aMMO-
[eICTBUS C aCTPAJbHBIMU MUKPO-
TPyOOYKaMy  AVHENHO-IOZO0OHbIX
6e/IKOB Ha IIIa3MaTUYECKON MeM-

6pamue.
[oC/IeIOBATEIEHOCTD aHa(baE; Puc. 23.19. Cxema yyacTvia [UHENHOBBIX MOSIEKYN B MOATA-
A rMBaHWM XPOMOCOMbI K NMOJIIOCY NPY OBHOBPEMEHHOW pa3-
A u B » ux BKIaJy B IPOLECC PAC-  Gopke MUKPOTPyGOYeK:

XOXKIOCHNA XPOMOCOM MOXXET OBITD 7 KUHETOXOP; 2 — AVHENHOBbIE PYUKU; 3 — MUKPOTPYOOUKa;
pa3mMYHbIM Y pPa3HbIX 00BEKTOB. 4 — nieun XpoMOCOMbI; 5 — KNETOUHbIN LIEHTP

Tak, y MekonmuTaomux cTagum A n

B nmpoTekaoT MpakTU4ecKy OJHOBPEMEHHO.

Temodasza HauMHAETCA C OCTAHOBKU XpOMOCOM (paHHss Temodasa, MO3MHSIA aHa-
¢asa) (cm. puc. 23.106,2) ¥ 3aKaHYMBACTCA HAYAJIOM PEKOHCTPYKLMU HOBOTO MHTEP-
dasHoro sgpa (panuuit G,-nepruop) M pasjeneHneM VCXOLHOI KIeTKM Ha JiBe Jjodep-
Hue (IUTOKMHES).

B panneit Tenodasze XpoMOCOMBI, He MeHssL CBOEN opueHTaIuu (I[eHTPOMEpPHbIe
Y4YacTKU — K IIO/TIIOCY, TeJIOMepHBbIe — K IIeHTPY BepeTeHa), HAUMHAIOT JeKOHIAEeHCUPO-
BaTbCs ¥ YBEIMYMBATBCS B 00beMe. B MecTax X KOHTAKTOB C MeMOPaHHBIMI ITY3bIPb-
KaMI IOUTOIIZIa3Mbl HAYMHAET CTpOI/ITbCH HOBasA H)IepHaH O6OTIO‘IKa, KOTOpaH paHlee
Bcero o6pasyeTcs Ha J1aTepajIbHbIX IIOBEPXHOCTAX XPOMOCOM U II03Ke — B IIEHTPOMep-
HBIX U TeJIOMEPHBIX yyacTKax. [Tocse 3aMbIkaHMA sAfiepHOI 000/I0YKM HauMHaeTCA Pop-
MUpOBaHNe HOBBIX sfpbliek. KieTka nepexonut B G,-niepuop HoBo uHTepdassl.

B Tenodase HaumHaeTCsA M 3aKaHYMBAETCS IPOLECC pa3pyLIEHNs MUTOTUYECKOTO
amnmapata — pasbopka MUKpoTpy6odek. OH UfleT OT IOTIOCOB K 9KBATOPY ObIBIIEN
KJIeTKM: IMEHHO B CpefHell YacT! BepeTeHa MUKPOTPYOOUKM COXPAHAIOTCS HOJIbIIe
Bcero (0cTaToO4YHOE TeJbIe).

OpnHO U3 T/IaBHBIX COOBITUI Temodassl — pasfieneHne KIeTOYHOTO Tela — Uumo-
MoMust, VIV YumokuHe3. Brlllle y>Ke TOBOPUIOCH, YTO Y K/I€TOK >KMBOTHBIX Jie/IeHIe
Tea KJIeTKY IIPOUCXOUT [Ty TeM [ePeTsDKKM, BISTYMBAHS ITa3MATIIeCKOI MeMOpaHBbI
BHYTPb KJIETKIL.

MuTo3 He BCer/ia 3aKaHIMBAETCS Pas3fie/ieHlieM Tena KneTK. Tak, B KOHI[e MUTO3a He
IPOMCXOANT LUTOTOMUMN Y METAaKapUOLVITOB, Y HEKOTOPBIX KapAMOMUOLITOB U IeIaTo-
LIUTOB MIEKONMTAOIX. B 9THX crry4asx 006pasyroTcs ABYsijepHbIe NIN MHOTOsIePHbIE
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K/IeTKM, YTO OCOOEHHO YacTo Ha-
OnmoffaeTCsl MPYM KJIETOYHBIX I1ATO-
JIOTUSIX.

B OonpummHCTBEe cryd4aeB 3a-
KTafiKa MepeTsDKKM IpU  JAeJIeHUN
K/I€TOK J>KMBOTHBIX IPOMCXOLUT
CTPOrO B 9KBATOPUATBHON IIOCKO-
CTU BepeTeHA. 37ieCh B KOHI[e aHa-
daspl, B Hawanme Ttenodass, 006-
pasyeTcsi KOPTHMKAJbHOE CKOILIe-
HIe MMUKPO(DUIAMEHTOB, KOTOpBIE
00pasyloT  COKpaTMMO€  KOJBIIO
(puc. 23.20). B cocraB Mmukpodu-
JIAMEHTOB KOJIbLIa BXOMAT aKTUHO-
Puc. 23.20. Lintotomust — pasgeneHue Tena knetku B Te-  Bble GUOPUIUIBI M KOPOTKUE IA/I0Y-

noase — NPOUCXOAMT 3a CYET COKPALLEHWA KOHTPAKTUb- KOBM/HbIE MOTIEKY/IBI U3 TIONUMEpPH-
Horo Konbua (7), cocToALero U3 NyykoB akTMHOBbIX duna-

MEHTOB 1 M1o3uHa Il (2)

3oBaHHoro MmosuHa II. Bsaumuoe
CKO/b)XEHME ISTUX KOMIIOHEHTOB
IPUBOAUT K YMEHBIIEHMIO AMaMe-
Tpa KOJbIIA U K MOSIBJIEHNUIO BIaB/IeHNs TUTa3MaTUYeCKOI MeMOPaHbI, YTO B KOHIIE IPH-
BOJUT K IepeTsDKKe MICXOJHO KIeTKI HaZBoe.

[Tocnme uuroTOMMUM fBE HOBBIE (JOUYEpHME) KIETKN MEepeXomiaT B cTaguio G, KlneTou-
Horo nepuopa. K aToMy BpeMeHM BO30OHOBIAIOTCSA LMTOIIA3MaTHYECK/e CHHTE3BI,
MIPOMCXOAUT pecTaBpaliAd BaKyO/IAPHOI CHUCTEMBI, JUKTUOCOMBI amnmapaTa [ombmxn
CHOBa KOHLIEHTPUPYIOTCA B OKOJIOAJEPHON 30HE B acCOLMALMM C LieHTpocoMoii. Ot
LIEeHTPOCOMBI HauMHAETCsI OTpacTaHye LUTOIIIa3MaTUIeCKUX MUKPOTPYOOUeK 1 BOC-
CTaHOBJeHMe MHTeP(PAZHOTO IIUTOCKENETA.

4. Matonorunyeckue Gopmbl MUTOTUYECKOTO AeNeHs

Pasnu4yHble MaTonOrMYecKue HapyIIeHMs MUTOTUYECKUX NENeHMI KI€TOK MOTYT
BCTPEYaThCsl B HOPMA/IbHBIX €CTeCTBEHHBIX YC/IOBUSAX, HO OCOOEHHO 4acTO OHM BO3HM-
KaroT IIpn BOS,[[ef;ICTBMHX Ha KJIETKN XVMIMNYECKUX U (1)M3I/I‘ICCKI/[X Cl)aKTOpOB, IIpu papgu-
AIIMIOHHBIX IIOBPEX/EHNUAX, BUPYCHBIX MH(EKIMAX 1 Ap. BoblLIO IpoLeHT aHOMaInit
MITO3a BO3HUKAET IIPU AECTBUU MUTOTUYECKIX KAHIIEPOr€HOB, MUTOCTATUKOB.

OO6bIYHO B HOPMAJIPHBIX JIe/IALIMXCS KIeTKaX Ye/I0BeKa U )KMBOTHBIX YMC/IO CIIOH-
TaHHBIX MTaTOJIOTMYECKUX MUTO30B HeBeNMKO. Tak, B smujiepMICe MblIlIei BCTpeya-
ercsa 0,3%, a B oIUTeNINM TOPTAaHM M MATKM 4e/loBeKa — OKolo 2% aHomanwnii. Ha-
PYLIEHUA KJIETOYHOTO Jie/IeHNsI HaOMIoal0TCA KaK Cpefiyl COMaTUYeCKIX, TaK U Ipu
Meliose.

AHOManuu HOpMajbHOTO Te€UYEHNA MUTO3a U pacIpefe/neHsa XPOMOCOM MEXTY HO-
YepHMMH KIeTKaMy IPUBOANUT K BOSHUKHOBEHMIO KJIETOK C HapYIIEeHUAMY KapUOTHIIA.
B pesynbraTe maToNOrM4ecKMX MUTO30B BO3SHMKAIOT aHIYIUIOUJHbIE M MYTAaHTHbIE
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Puic. 23.21. Tunbl XpoOMOCOMHbIX abeppaLmii py OAMHOYHOM pPa3pbiBe XPOMOCOMbI B G;-neprioge:

a— nocne S-nepmopaa obe CECTPUHCKIE XPOMATMAbI UMEIOT NOTepY — AeneLni, a vx GparmMmeHTbl He y4acTBYIOT B MIATO3€;
6 — TO e, HO YUaCTKM pa3opBaHHbIX XPOMATIL MOTYT 0ObEANHATLCA B AULIEHTPUYECKYIO XPOMOCOMY, KOTOpas B MUTO3e
06pasyeT «MocT». DparmMeHTbl 3TUX XPOMOCOM B cefylolem G,-neprofe 0bpasyioT MuKposapa

1 — npodasa; 2 — aHadaza; 3 — nHTepdasa

Puic. 23.22. Pa3pblB 04HOM U3 fouepHUX XpomaTig G,-nepuoe NpruBoauT K XPOMOCOMHON abeppauun (ge-
neuum) B OBHON 13 fouepHUX KneToK. DparMeHT XpOMOCOMbI MOXET NpeBpaLLaTbCca B MUKPOALPO

KJIeTKM, YTO IIPUBOAUT K VX TMOeIN MIN PasBUTHIO psAfa 3a00/IeBaHMIl, B TOM YNCTIe
3/I0Ka4€CTBEHHBIX OITyXOJIENL.

OpHa 13 KaTeropmit MaTOIOTMY MUTO3a CBA3aHA C TOBPEXIEHNAMU CTPYKTYPHL XPO-
MOCOMBI — XPOMOCOMHBIMU abeppayusamu. Honbleil 4acTbI0 3TN M3MEHEHMA IIPOYIC-
XOIAT B MHTepdase, HO peannsynTca B MuTose. [loBpexjeHnsa Xxpomarusi, BO3HUKAIO-
mue B G1- nepuope, nocjue permKanyuy XpoOMOCOM B CefylolleM S-lepuoje peasn-
3yI0TCsl B BUJie TTaPHBIX XPOMOCOMHBIX abeppanuii (puc. 23.21) ITpu nuTepdasHoM
HOBPEX/IeHN XpOMOcoM B G2- Iieprofie B MITO3€ BBIAB/IAIOTCA abeppariyiy, Kacaloliy-
ecst ogHoI 3 xpomarug (puc. 23.22). Ilpu 9T0M 4acTO KOHLIBI Pa3OPBaHHBIX XPOMATHT,
HOTEPABLINX TEIOMEPHBIE YYaCTKM, MOTYT OOBEUHATLCA, 00pasys JULIEHTPUIECKYI0
XPOMOCOMY U aljeHTpu4eckuii pparmeHT. Bo BpeMs MuTo3a Takas AMUIjeHTpUYeCKas
XPOMOCOMaA PACTATMBACTCA MEXAY MUTOTHMYECKVMU MOMIOCaMy, 00pasys xpomocom-
HbLil MOCH, KOTOPBIIT BIIOC/IEACTBIUM pas3pbIBaeTcs, a pparMeHT 6e3 eHTPOCOMBI OCTa-
eTcs B Bujie Mukposiapa (cm. puc. 23.21).

K kaTeropmmuy XpoMOCOMHBIX abeppaumii OTHOCUTCA Iie/lasl TPyIa HapyIIeHUi
LIeIOCTHOCTY XpPOMOCOMBL. JJeeyuss — TOTepsl y4acTKa XpOMOCOMBI. TepMMHaIbHAs
Jenenys, BOSHMKAIOWAsA B pe3y/lbTaTe paspblBa IIE4a XPOMOCOMBI, HE COEpPIKalero
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Puc. 23.23. Hanbonee yactble GopmMbl N3MEHEHNS MUTOTUUYECKNX XPOMOCOM:

1. Deneunn: a — TepMuUHanbHas; 6 — MHTEPCTULMANbHas; B — 06pa30BaHKe KOMbLIEBO XPOMOCOMbI Mpu rnoTepe obe-
X Tenomep;

2. NuBepcum (NepecTaHoBKM GparMeHTOB BHYTPY XPOMOCOM): @ — NapaLeHTpuyeckas; 6 — nepuueHTpuyeckas.

3. /130XxpOMOCOMBI: pPa3pbiB B LLEHTPOMEPHOM Y4acTKe.

4. TpaHcnoKauum: a — 06MeH TeNOMEPHBIMM YyacTKamu (PeLnpoKHbIl 06MeH); 6 — 0O6MeH B LIeHTPOMEpPHBIX y4acT-
Kax — pobepTcoHOoBCKasA TpaHcnoKauma. Menkunii dparmeHT 06bIuHO TepseTca

Puc. 23.24. BapuaHTbl gene-
HUA TPEXNOMOCHOIO MUTO3a:
1 — aHadasa; 2 — Hauano uuTo-
ToMuK; 3 — obpasoBaHMe Tpex
aH3YMNOUAHbIX KNeTok; 4 — 06-
pa3oBaHne ABYX aH3YMJIOUAHbIX
KNEeToK

LIEHTPOMEPDI, HE YIaCTBYET B PACXOXK[AEHNVM XPOMOCOM BO BpEMs MUTO34a, & TEPACTCA
WM IpeBpalaeTcsa B MUKpoAapo. [Ipu unmepcmuyuanvHolx nenenusax TepsaeTcsa 4acTb
Te/Ia XpOMOCOMBI MeXKTy ABYM: paspbiBamu. [IpumoTepe AByX Te/IOMepHBIX (TepMIHAIIb-
HBIX) Y4aCTKOB 00pa3yoTCcs Konmblyesble Xpomocomol. VInéepcuu — pe3ynbTaT JBOIHOTO
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paspbIiBa XpOMOCOMBI 1 TIEPEOPUEHTUPOBKH BBIIeIEHHOTO (hparMeHTa B COCTaBe TOI
K€ XpOMOCOMBI. J[30xpomocombl BOSHUKAIOT, KOTTia OFHO U3 TI/Iedel yaBanBaeTca. B pe-
3y/IbTaTe XpPOMOCOMa MOXKET COCTOATD M3 IBYX OJMHAKOBBIX KOPOTKUX VIV IBYX JI/IMH-
HBIX IIJIeYell, CBA3aHHDBIX LieHTpoMepoll. IIpu mpancnokauusx y4acTox ofHOM XpOMO-
COMBI ITIepeHOCUTCA Ha Jpyryo. Ilpy TpaHcIgoKauuum Mexay AByMs aKpOLleHTpuye-
CKMMU XpPOMOCOMaMM IIPY pa3pblBe OFHON M3 HUX B PallOHE LEHTPOMEPHI BOSHUKAIOT
T.H. poOepmcoHo8cKUe mpanciokayuu v 0bpasyeTcs ofHa abeppaHTHas MeTalleHTpude-
cKas xpomocoma (puc. 23.23).

JIpyrasd Kareropysa MUTOTUYECKMX AaHOMAJINII CBA3aHA C UISMEHEHUAMU UeHmMPOoCcom-
HbIX CmMPyKmyp, TIPUBOIALIVIMYA K IOSBICHNI0O MHOTOIIOMIOCHBIX MUTOTUYECKUX Gu-
Typ BMECTO HOPMa/IbHBIX OMITOJISIPHBIX MUTO30B (puc. 23.24). TpuiieHTpudeckue, TeT-
pal€HTpu4eCKNeE, IMOINIEHTPUIECKNE MUTO3bI MOI‘YT MOSBJISATBCSA M CIIOHTaHHO. Ho
TaKXKe KaK ¥ XpOMOCOMHbIe abeppaini, MHOZ0NOMOCHbIe MUHO3bl CIIPOBOL[POBAHBI
IefICTBIEM MHOTUX (U3MYECKNX U XUMIYecKnX (akTopos (00mydeHme, geiicTBIe II1-
TOCTATUKOB, MEPKAIITOITAHO/IA, HEKOTOPBIX aHTUOMOTUKOB).

Takye aHOMabHble MUTOTUYECKME K/IETKM MOTYT JIEIUTHCSA, YTO IPUBOAUT K MOAB-
JICHMIO aHSYIUIOUIHBIX KJIETOK, YaCTh 13 KOTOPBIX HEXXM3HECIIOCOOHA, a 9acTb, COfep-
JKalasi M3MeHeHHBIT Habop XPOMOCOM, MOXKET IPeBPATUTHCS B ONYXOJI€BbIe KIETKI
(cM. puc. 23.24).

[Ipy4yuHOM NOABNEHUA CIOHTAHHBIX VM VHAYLVMPOBAHHBIX MHOTOIIONIOCHBIX MU-
TO30B SIBJIAETCS MPEX/IeBPEMEHHAs aKTUBALMA JOYEPHUX LIeHTPUOJIEN B JUIIJIOCOMAX
(puc. 23.25). Tak, ecnmyt Ipy HOPMaIbHOM MUTO3€ B IIO/MTIOCAX HAXORWUTCS IIO IBeE IeH-
Tpuom (ZMIIOCOMA), NpUYeM
aKTVBHA M3 HUX TOJIBKO OJHA
(«MaTepMHCKasA»), TO B CIy4asax
MHOTOIIOJIIOCHBIX MUTO30B BCe
LEHTpUOINn aKTI/IBI/I3I/IpyIOTCH,
CTUMYNMUpysl obpasoBaHMe MU-
KpPOTPyOOUeK U 3aKIaJKy MHO-
’KeCTBEHHBIX BEpETEH. HpI/I 9TOM  Puc. 23.25. lpexaeBpeMeHHasn akTUBaLWA JOUYEPHel LEeHTPU-
He HapylaeTcsi CIOCOOHOCTp — ONM:
9TUX I/I36I)ITOLIHI)IX BepeTeH an_ a — HOpManbHaa Anniocoma; 6— aKTnBayma obenx u,eHTleone|7|
CTBOBAaTb B PACXOXJIEHUM XPO-
MOCOM, YTO U TIPUBOJUT K 0Opa-
30BaHMI0 AHSYIUIOUJHBIX KJle-
ToK. CxofHas KapTMHA BUJHA
U 1pu 06pasoBaHMM MHOTOIO-
JIIOCHBIX MMTO30B Y IIOJUIIIO-
UHBIX KJIETOK (puc. 23.26).

Ipyraa KaTeropms IaTo-
JIOTUYECKNX  MWUTO30B  CBA-
3aHa C 3adepickoil pacxoxoe-

Hus XpoMocom. K aToit Karero- ] — XpOMOCOMHble MeTadasHble MAACTUHKY; 2 — [UMNOCOMbI 1 OTAENb-
puM OTHOCATCA T.H. K-MUTO3BI  Hble ueHtpuonu

Puc. 23.26. MHoXecTBeHHble aKTUBMPOBAHHbIE LeHTpUONn
B MONUMNIIONAHbIX KNeTKax:
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Puc. 23.27. K-muTt03 1 cyabba KneTok: Puc. 23.28. OTcTaBaHue oTAeNbHbIX

1 — ucxogHas Knetka; 2 — K-mutos3; 3 — o6pa3oBaHme TETPANIoUgHON XPOMOCOM B aHadase
KneTku; 4 — obpa3oBaHMe MUKPOAZEp; 5 — Nepexof B anonto3

(puc. 23.27). IIpn atom mocne npodasbl LEHTPOCOMBI He aKTUBU3UPYIOTCH, Bepe-
TeHa He BO3HMKAIOT, & XPOMOCOMBI 0€3 BCAKOTO IOPsfIKa PacloaraloTcs B 30HeE
ObIBIIETO sAApa. SIepHas 000/10YKa M SAAPBILIKO MCYE3aI0T, @ B XpOMOCOMax 060-
COOJIAIOTCSA CECTPUHCKME XPOMATUABI, CBA3aHHbIE APYT C JPYTOM TO/IBKO B IIEHTPO-
MEpHBIX yYacTKaX, Kak B 00br4HOM MeTadase. Takywo ke KapTUHY MOXHO HaOIIO-
[aThb B K/IeTKaX IOC/Te BO3[eMCTBUA LMTOCTATUKA KOMXMINWHA (OTCIOla Ha3BaHMe
aTOit popMbl nmaTonornu — K-MUTO3), KOTOPBII MHIMOMPYET MOIMMEPU3ALNIO TY-
OynMHa ¥ MPenATCTBYeT POCTY MUKPOTpybouek BepeTeHa. [Tocie HekoTOpOTO Bpe-
MeHM K-MIUTO3HBIE XpOMOCOMBI HAUMHAIOT HeKOHIEHCHPOBATbCA MM IOKPBIBATHCS
o61eit ssmepHOIT 060/10YKOI 1 00pa3yIOT IONUIUIONfHbIe MHTepdasHbIe sfpa, 1160
HEeCKOJIbKO MUKPOsJiep.

Crepyromas ¢opma IaTONOTMM MUTO3a — 3afiep>kKa B MeTadase — CBA3AHA,
cKopee Bcero, ¢ mHakTuBanuein APC-koMiekca aktuBanum anadaspl (CM. HIDKe).
VIHorfa BCTpeYaloTCsA KAPTUHBI OT/[e/IeHNs XPOMOCOM OT OCHOBHOJI TPYIIBI B aHA-
¢dase (puc. 23.28). Takoro Tuma HapyueHUs CBSA3aHBI C IIATOJIOTVEN KMHETOXOPOB,
HeCITIOCOOHBIX B3aMMOJIeICTBOBATD C ITyYKaMM MUKPOTPYOOUEK MUTOTUYECKOTO Be-
peTeHa.

HaxoHery, K TaTo/Iorny MUTo3a OTHOCATCS. HAPYUIeHUS UUMOMOMUL, ITO CBS3AHO C
aQHOMa/IMAIMM aKTVHOBBIX (PMTaMeHTOB, 00Pa3yOIUX B HOPMe KO/IbI[O B 9KBATOPUATIb-
HOIT 30He KJIeTKH, IIepelIHypoBbIBaoliee ee B Tefo¢ase. VI3BeCTHbI MHIUOUTOPHI, KO-
TOpbIe IPeJOTBPAIIAIOT IIMTOTOMMUIO 33 CYET CBA3BIBAHNA VM MHAKTUBAIUY aKTMHOBBIX
MOHOMEpPOB. JTO IPUOHOI aKa/IoONJ LIUTOXa/Na3NH M TOKCUH M3 MOPCKUX T'yOOK J1a-
TPYIKCWINH, KOTOPBIE TIPEIATCTBYIOT HOMMMepu3auny akTuna (cM. puc. 23.28). Ipu-
YIHBI €CTeCTBEHHOTO IPe/IOTBPALeHNA JIeJIeHN [IBYS/IePHBIX TelIaTOLNTOB U KapAuo-
MMOIIMTOB HEM3BECTHBL

MHorne HapylLIeHNs Ipoljecca MUTOTUYECKOTO JieJIeHN s K/IeTOK IIPUBOJAT K UX I'U-
Gem, K T.H. «<MUTOTHYECKOI KaTacTpode», K OZHOMY 13 BapMAHTOB IIPOLecca aIoIl-
TO3a — IPOrpaMMIUPYeMOIL KIIeTOIHOIT Tubenu (cM. I/1aBy 26).
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5. leneHne 6aKkTepnanbHbIX KNeTOK

ITomemeHne aToro pasgena B MaTepuasbl, Kacaloliyecsa [eleHus 3yKapuoTuye-
CKMX KJIeTOK, CBA3aHO C TeM, YTO HeOOXOAVMO 3HAaTh OCOOEHHOCTM [elleHUA Ha-
IIMX I/IABHBIX OMO/IOTMYECKUX BParoB — 6akTepuil, 4TOOBI TOHATD, YTO CYLIeCTBYeT
MHOTO 00IIero B IpoILeccax pasMHOXKEHMA OaKTepuil ¢ IpoleccaMy JeleHus Kie-
TOK BBICIINX OPTaHM3MOB. DTO Ba)KHO 3HATb Ji/Is YCIELIHON OOPBOBI ¢ GaKTepuab-
HBIMI MHPEKLMAMMA.

OO6bI4HO fieneHNe GaKTepUaNbHBIX KJIETOK OINCHIBAETCA KaK «OMHAapHOe»: IOC/e
YABOEHN HYK/ICOU/IbI, CBA3aHHbIE C I/IAa3MaTINYeCKOl MeMOPaHOI, paCXOJATCA 3a CUeT
pacTsHKeHNA MeMOpaHbI MEeXIY HUMM, a 3aTeM 00pasyeTcs nepemsicka, Wiu cenma,
HensAmas KIeTKy HafiBoe. DTOT TUII [ie/IeHN A IPUBOAUT K OYeHb TOYHOMY pacIpenere-
HUIO TeHETUYECKOTO MaTepuana, mpaktuiecku 6e3 ommbok (Menee 0,03% medekTHBIX
K1eToK). HamoMHuM, 4TO sifjepHBIil anmapar 6akTepuil, HyK/I€OMU , PefCTaBIAET CO-
6071 UK/IM4IecKyto ruranTckyio (1,6 mm) monekyny JHK, o6pasyrolyio MHOrOYCIeH-
Hble IIeT/IeBble IOMEHbI B COCTOSHUM CBepXCIMpanu3alui, NOPANOK YKIagKM IeTie-
BbIX JOMEHOB He M3BECTEH.

CpenHee BpeMsi MY Jie/IeHUAMY OaKTepraIbHbIX KIeTOK cocTanisieT 20-30 MUH.
B aTOT nepuop ;o/mKeH Ipou30iiTy Lie/blii psif coobrtnit: permmkanus JHK nykneonsa,
cerperanus, oTfeneHne CeCTPUHCKIX HYK/ICOUTIOB, X Ja/ibHelilee pacXoXIeHne, -
TOTOMIS 32 CYeT 0Opa30BAHNUA CEIITBI, Ie/IAIIell UICXOAHYIO K/IeTKY HafIBOe.

Becb psap 3TUX IIPOLIeCCOB HAXOAMTCS IO/l MHTEHCUBHBIM BHUMAHMEM UCCTIefioBare-
71Vl TIOC/IEHNX JIET, B pe3y/IbTaTe O6bLIN IIOTy4YeHbI BaXKHbIE M HEOXKMTaHHbIE Habmrome-
Hus. Tak okasanocy, 4To B Hauasne cuHTe3a JJHK, KoTopblli HauMHaeTCsA ¢ TOUKM peniu-
Kanuu (origin), o6e pactymue monexynsl JHK nsHavambHO OCTAOTCA CBA3AHHBIMU C
I1a3Matnyeckoit Memopanoit (puc. 23.29). OgHoBpemenHo ¢ cuntesoM [THK mponc-
XOAUT IIponecC CHATNA CBEPXCHMPpaIN3ann KakK CTapblX, TaK M PEIVININPYIOMMXCA
HeT/IeBBIX IOMEHOB 3a CUeT LIeJIOTO pAfa (GpepMeHTOB (TOIMOM30Mepasbl, TUpasbl, M-
rasel U Jp.), YTO NMPUBOAUT K PMU3NIECKOMY 000COONIEHUIO IBYX HOYEpPHUX (M1 ce-
CTPMHCKMX) XPOMOCOM-HYK/ICON/JOB, KOTOPBIE ellle HAXONATCA B TECHOM KOHTAKTe IPyT
¢ opyroM. Ilocrne Takoil cerperauyy HyKaeouioB IPOUCXOAUT UX PACXOXKeHNe OT 1jeH-
Tpa KJIETKM, OT MeCTa X OBIBIIETO pacHo/noXeHus. [IpyyeM 3TO pacxox/eHne O4eHb

Puc. 23.29. YgBoeHue 6akTepuanbHo XpOMOCOMbI, Hykneomaa (1), Touka Hauana pennukaumy (2), octaetca
CBA3AHHO C Nia3maTnyeckon membpaHoii (3)



Yacme VI. KU3HEHHBIA LMK KTTETKN

318

TOYHOE: Ha YeTBEPTb JUIMHBI KJIETKY B JIBYX IIPOTUBOIONIOXHBIX HallpaBIeHUsAX. B pe-
3y/IbTaTe 3TOTO B KJIETKe PACIIOIaraloTcsA Ba HOBBIX HYK/Teonsia. KakoB MexaHM3M 3TOTo
pacxoxpenns? [enanuch npengnonoxenus ([Jemamarep, 1953), uro feneHue 6akTepu-
aJIbHBIX K/I€TOK aHAJIOTMYHO MUTO3Yy 3YKapyMOT, OJHAKO NAHHBIX B MO/Ib3y 3TOTO IIpei-
HIOJIOXKEHUS JO/ITOe BpeMs He HOSBJIAIOCh.

HoBble cBefeHNA 0 MeXaHM3MaX JeleHNs 6aKTepuaTbHBIX KI€TOK ObIIN MOTy4YeHbl
IpU M3YYeHNN MYTAHTOB, B KOTOPBIX IIPOMCXOAV/IN HAPYLIEHN K/IETOYHOTO JIeTIeHM.

Beito 06Hapy>keHO, YTO B Ipoliecce PacXOXKAeHMsI HYK/IeOMOB IPUHIMAIOT y4a-
CTUe HeCKOJIbKO IPYIII CllelanbHbIX 6enkoB. OpuH u3 Hux, 6enoxk Muk B, npencras-
nsieT co0oit rMraHTCcKuit romogumep (Mos. Macca okono 180 x/la, mmmHa 60 HM), co-
CTOAIIMII U3 LIEHTPAJIbHOTO CIIMPA/JIbHOTO YYacTKa, ¥ KOHIIEBBIX ITIOOY/LAPHBIX y4acT-
KOB, HAaIIOMJHAIOLINIA IO CTPYKTYype 6enku sykapnor (uenb muosnuHa II, knHesnna). Ha
N-konne Muk B caseiBaetcsa ¢ 'T® u AT®, a na C-konue — ¢ monnekynoit THK. 9t
corictBa Muk B matoT ocHOBaHMA cYMTaTh €ro0 MOTOPHBIM 0€IKOM, YYacTBYIOLIVM B
PaCXOXXIEeHNN HYKJIeonoB. MyTarym sToro 6eka MpuBOJAT K HapYLICHNUAM PacXOxX-
[eHVsI HYK/IeOUIOB: B MYTAHTHOJ HOMY/IALIMY MOAB/IAETCS H0/IbIIOe KOMNYeCTBO 6e3b-
AJePHBIX KIeTOK.

Kpome 6erka Muk B B pacxoXieHn HyK/IeOUIOB, O-BUAUMOMY, Y4aCTBYIOT ITYYKI
bubpuni, comepxanmx 6emok Caf A, KOTOPBII MOXKET CBSI3BIBATBCS C TSKEIBIMU 1ie-
IIMY MUO3MHa, TOJ0OHO akTuHY (puc. 23.30).

O6pas3oBaHye MePeTsHKKI, WIN CENThI, TAKXKe B OOMIMX YepTax HAIIOMMHAET LINTO-
TOMMIO XXMBOTHBIX K/IETOK. B ITaHHOM c/y4ae B 00pasoBaHMM CENT NMPUHMMAKOT yda-
ctue 6enku cemeiictBa Fts (puOpmmnspHble TepMOYYBCTBUTENbHBIE). ITO TPyIIA U3
HECKO/IbKIX O/IKOB, Cpeiy KOTOPBIX Hanboree n3ydeH Oenok FtsZ. IToT 6enok cxoneH
y GonblunHcTBa OaKTepumii, apxnbakTepuit, OOHapy>KeH B MUKOIUIa3MaX U XJIOPOILIa-
crax. ITO ITOOY/IAPHBII 0€/I0K, CXOAHBIN 110 CBOEll aMUHOKMCTIOTHO ITOC/IeJ0BATe/Ib-
HocTu ¢ TyOymuHoM. [Tpn B3aumopeiicteuu ¢ I'TD in vitro on ciocoben 06pa3oBbIBaTh
JUIMHHBIE HUTYaTble IpoToduaaMeHTsl. B unTepdase FtsZ nuddysHo nmoxammsyercs
B LIXTOITIa3Me, €r0 KOJIMYECTBO O4eHb Be/uKo (5-20 ThIC. MOHOMEPOB Ha K/IeTKY). Bo
BpeMs Jie/leHNs KJIeTKM BeCh 3TOT 010K JIOKa/M3YeTCs B 30HE CeINThI, 00pasys CoKpa-
TYIMOE KOJIBII0, O4eHb HalIOMIHAIOIIlee aKTO-MJIO3MHOBOE KOJIbIIO IIPY JIe/ICHUY KIIeTOK

Puc. 23.30. PacxoxaeHvie 6akTeprabHbIX XPOMOCOM:
1 — [IHK Hykneoupa; 2 — moTopHbIi 6enok Muk B; 3 — dubpunnapHbii 6enok Caf A; 4 — nnasamatuyeckas membpaHa
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Puc. 23.31. YyacTue 6enka Fts-Z B 06pa3oBaHUmM KNETOUHON NepPeTsAXKIU Npu AeneHnmn baktepuu:

a — B uHTepdase Fts-Z anddysHo pacnpegeneH B umtonnasme (1), npu feneHN OH KOHLEHTpUpPYeTcA B obnacty nepe-
TAXKKN (2); 6 — B 30He NepeTaxKM 6enok Fts-Z obpasyeT coKpaTMMoe KonbLo: 1 — KOmbLo; 2 — nna3maTnyeckas Mem-
6paHa; 3 — KneTouHan cTeHKa; 4 — PBP-3

JKVBOTHOTO ITPOVCXOXKAeHM (puc. 23.31). MyTanum 1o sToMy 6e/IKy IpUBOJAAT K IIpe-
KpAIleHNIO [ielleHNs KJIeTOK: BO3HUKAIOT JUIMHHbIE KIETKY, COfleprKalliiie MHOXXEeCTBO
HYK/ICOMOB. DTY HAO/IOfIeHNA TTI0Ka3bIBAIOT IPAMYIO 3aBICHMOCTD Je/IeHVs OaKTepy-
QIbHBIX KJIETOK OT Hamu4us Fts-6enkos.

[TapastenbHO 06Pa30BAaHNIO CEIITHI IIPOVMCXOAUT HapaIVBaHVe MypPEHOBOTO C/I0s
OakTepuanbHOl KJIETOYHOI CTEHKM 3a CYeT PAOOThI YYBCTBUTE/IBHOTO K MEHULIVIINHY
nonudepMeHTaTUBHOTO KoMIiutekca PBP-3, cuHTe3upyloliero nenTuaorIMKaHbl.

Takum o6pasom, npu feneHnn OaKTepUaabHBIX KJIETOK YYacTBYIOT IIPOLIECCHI, BO
MHOTOM CXOJIHBIE C JielIeHMeM 3YKapMOT: PacXoX/ieH/e XpOMOCOM (HYK/IeOMaoB) 3a
CYeT B3aMMOJECTBISI MOTOPHBIX 1 GUOPMIISIPHBIX O€IKOB, 00pa3oBaHe HepPeTsHKKA
3a cyeT GUOPWIIAPHBIX 6€/IKOB, 00PasyIoLINX COKPATIMOe KOMbL0. Y 6aKTepuii, B OT-
JNYMe OT 9YKapUOT, B 9TUX IpOIleccaX MPUHUMAIOT y4acTue COBCeM MHbIe eIk, HO
IPUHIVIIBI OPTaHN3ALNY OTAE/NTbHBIX 9TAIIOB KJIETOYHOTO Je/IeHNsI OYeHb CXOXIL.
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Menos

Kak 13BecTHO, BCe IpeACTaBUTENN LJAPCTBA 3YKAPUOT — OT OFHOK/IETOYHBIX IIPO-
CTeJIINX ;O MHOTOK/IETOYHBIX OPTaHM3MOB (BK/II0Yasi, KOHEYHO, ¥ Ye/lOBeKa) — Ha-
YJMHAIOT CBOE PasBUTHE CO CTAAVMU OODBEAVHEHNS )KEHCKUX Y MY>KCKMX ITOJIOBBIX KJle-
TOK, OT/IMYAOIINXCS OT APYTUX COMATUIECKNX KIETOK (S0mMa — Te0) yMeHbIIEHHbIM
B IBa pasa HAOOPOM XPOMOCOM. VI TONBKO MOC/Ie CIMSHMSA TaKUX FaIyION/JHBIX I107I0-
BBIX KJIETOK 00pasyeTcs AUIUIONIHAS K/IeTKa — 3UTOTA, e/IeHVe KOTOPOII IIPUBOJUT U
K BO3HIKHOBEHIIO OCHOBHOJ MaCChl COMAaTHYeCKIX K/IeTOK, 00ecednBalo X XKI3He-
IesITe/IbBHOCTD BCETO OPraHM3Ma, I K Pa3BUTIIO HOBBIX IIO/IOBBIX KJIETOK AJIs OyAyILero
IVIK/IA Pa3MHOXKEHVISL.

Becb clIOXXHBII Ty Th pa3BuUTHA 0c060 AudPepeHIIIPOBAHHBIX ITOJIOBBIX KIE€TOK I0-
Y471 Ha3BaHMeE Melio3a.

Meiio3 (0T Tpeu. meiosis — yMeHbIIIeHUe) — 0c00blil cnoco6 OenleHUs KemoK, OeneHue
CO3PeBaHs, 6 Pe3ynvmarme Komopozo NPoUcXooum pedykuus (ymeHvuieHue) 4Ucia Xpomo-
COM U nepexod Kaemok u3 OUNsIoUOH020 cOCMOSTHUS 8 2anioudHoe. Meito3 — 3T0 0coOBIit
™I AU QepeHIMPOBKY, CIeNNAIN3aLny KIeTOK, KOTOPBI NPUBOAUT K 00pa3oBaHIIO
IIOJIOBBIX K/IETOK. DTOT MPOL[eCC 3aHMMAeT ABa KJIeTOYHBIX LMK/ IPU OTCYTCTBUM CHH-
te3a [THK Bo Bropom MertoTndyeckoMm fieneHnn. Heo6XoMMO OTMETHTb, YTO Meii03 Ipef-
cTaBjIsAeT co00il yHMBepCaIbHOE SABJIEHNE, XapaKTepHOe [T BCeX 9YKapMOTHYECKIX Opra-
H13MOB. [Ipy Melio3e IPOMCXOANT He TOMBKO PERYKINS YIC/Ia XPOMOCOM /10 TAIUIOUIHOTO
VIX YVICTIa, HO Vi YPEe3BBIYAITHO BaYKHBII TeHETUYECKII IIPOIlecC — 0OMeH y4acTKaMu MEKAY
FOMOJIOTMYHBIMY XPOMOCOMaMI, IIPOLIECC, TIONTYYNBIINIT Ha3BaHNe KPOCCUHZ06€Pa.

Cy1recTByeT HeCKO/IbKO PasHOBUIHOCTeN Meito3a. lamemHuiil mun meiio3a, Xapak-
TEPHBII /I MIIEKOIIUTAIOINX, IPOMCXOAUT BO BPeMsI CO3peBaHMsI TaMeT — IIpefiie-
CTBEHHUKOB 3PeJIbIX II0JIOBBIX K/IETOK.

B cimyuyae raMeTHOro Meit03a XapaKTepHO IIpY pasBUTUY OPraHM3Ma BbIfle/IeHe KIIO-
HOB 2epMUHAMUBHBIX KTIETOK, KOTOPBIe BIIOCTeACTBUM OYAYT AnddepeHIpoBarbcs B
H0/I0BBIE KJIeTKN. V] TOZIBKO K/IeTKM 3TUX KIIOHOB OYAYT IIPY CO3peBAHMY TOABEPraThCst
Mei03y 1 IpeBpallaThbCcs B MOMOBbIe KIeTki. ClleoBaTe/IbHO, BCe K/IETKM PasBUBAIO-
I[VIXCSA MHOTOK/IETOUHBIX )KMBOTHBIX OPTaHM3MOB MOXKHO Pas3fe/lnTb Ha JIBe TPYIIIbL:
comamuyeckue — M3 KOTOPBIX 6yyT 06pa3oBBIBATLCA KIETKY BCeX TKaHEl 1 OPTaHOB,
U 2epPMUHAMUBHDIE, KOTOPBIE Ay T HAadasIo II0JIOBBIM K/IeTKaM.

Takoe BbIfje/leHNe TePMIHATUBHBIX KJIETOK (TOHOLMTOB) OOBIYHO IPOUCXOAUT Ha
PaHHUX CTafuAX SMOpMoHanbHOrO passutus (puc. 24.1). Tak, geTepMyUHALVS TOHOLIM-
TOB y pavKa IMKJ/IONA IIPOMCXOUT Y>Ke Ha IIePBOM Je/IeHNI 3UTOTHL: OffHA 13 [IBYX KIe-
TOK JlaeT Ha4ya/jl0 FTepPMMHA/IbHBIM KJIeTKaM. Y acKapujbpl FepMIHATUBHbIE KI€TKN VUIN
KJIETKM «3apOJibIIIeBOro Iy Ty» (A. BeilcMaH) BbIIe/IAI0TCA Ha cTafguu 16 6acToMepos,
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y Apo3oduisl — Ha cTafmy OIacTOLM-
CTBI, y 4YeloBeKa — IepBUYHBIE IOJIO-
Bble KIeTKM (TOHOOIACTBI) MOSABIIAIOTCA
Ha 3-11 Hefesle SMOPUOHATBHOTO Pa3BMU-
TV B CTEHKE JKEJITOYHOI'O MeIIKa B Kay-
IaIbHOM OTfeTie SMOPUOHA.

Kak u Bce KeTKM pasBMBAIOIIErOCH
OpraHu3Ma, KaemkKu 3apooviuieéozo
nymu puitongHbl. OHM MOTYT yBen-
YMBATbCA B YNUC/IE ITyTeM OOBIYHOTO MIU-
TO3a, TOBTOPsIsI BCE CTAAMM OOBITHOTO
KJI€TOYHOI'O LJMKJIa, I'ne HpOI/ICXO]II/IT 4ye-
penosaHue ypoBHel konndectsa JHK n
XPOMOCOM Ha KJIeTKY:

2n (2¢) > S-nepuop > 4n (4¢) >
> 2 xietku 2n (2¢) u T.4.

o,

OpHako Ha OIpemeNeHHBbIX CTAIVAX
PasBUTHA TIpU TIOJIOBOM CO3PEBAHUU
0co6el1 3TOT OOBIYHBIN X0, CMEHBI COOBI-
Tnii MeHseTcA. [epMMHAaTHBHBIE KIETKA
MpeBpallaloTCs B 20HuUanvHvie (0020-
HUU — JKEHCKME U CNepmMamooHuu —
MY>KCKI€e KITeTKI — Hpe,umeCTBeHHI/{KM), Puc. 24.1. O61was cxema 3apogbiwesoro nyTu (no Wil-
VI OHM BCTYIAIOT B ITpouecc Meriosa. ITpu son, 1925)
3TOM KakK /I )KeHCKUX, TaK U I MYX-

i
|
®
¢
W
-

|
=

CKMX KJIETOK HACTyIIaeT IepPBbIil LUKI Meliosa. Ha sToit u crepyromein craguax momo-
BbIe KJIETKM ITOJTy4/IN Ha3BaHUe cnepmamouumos u oouumoé (1 u Il mopsanxa).

B mepBOM K/IETOYHOM LIMKJTE MeiT03a MPOVCXOIUT IIeNbI P COOBITIIT, KOTOPBIN
€ro 3Ha4YMTETbHO OT/INYAET OT OOBIYHOrO KJIeTOYHOro Iykia. ITocre Berymtenns B 1
LMKJI CO3peBaHyA u ciepMaTounTsl I 1 oountsl I nopsagkos cunresnpyror JHK, ee ko-
JIYECTB Y/IBaMBaeTCs, TaK JKe KaK y/IBaMBaeTCs 3a CUeT peIUIMKAIUy KOIMIeCTBO XPO-
MocoM. CriefoBaTebHO, OC/Ie S-TIepuofia 9T KIeTKM HYXKHO CYMTATh (TakKe Kak U
comarnyeckre kiaetku nocne cuntesa [JHK) terpamnongueimMu. ITocne kopotkoro G,-
nepropa HacTymaet mpogasa I MelloTI4ecKoro feneHs, KOTopas pe3Ko OT/IMYAETCS OT
OOBIYHOIT MUTOTUYECKOIT TIPOdasHI.

1. Oco6eHHOCTM Npodasbi | MeiloTNYECKOrO AeneHns

Bo-nepBbIX, 9Ta cTafiusA 3aHMMaeT 6OJIBIIOI OTPe30K BpeMeH! (OT CYTOK /10 TOfIOB!).
Bo-BTOpBIX, OHa COCTOUT U3 HECKOJIbKUX CTPYKTYPHO-(YHKIVIOHAIbHBIX (a3 (Jemro-
TeHa, 3UTOTeHa, TaXUTeHa, INIUIOTeHa, AuaknHe3) (puc. 24.2). [lanee, B 9TOT Iepuop,



Puc. 24.2. CxemaTnyeckoe 13006paxeHne CTaguini Menosa npu 2n=6 4ncie XpoOMOCOM:

a — nenToTeHa, 6 — 3uroTeHa, 8 — naxuTeHa ¢ Tpems 6rBaneHTaMy, @ — AUMNOTeHa, 0 — UaknHe3, e — meTadasa |,
X — aHada3sa |, 3 — meTadasa Il, u — aHadasa Il, XL| — nokanusauya TenomepHbIX y4acTKOB XPOMOCOM B «ByKeTe,

XM — xpomomepsl, X/ — xna3ma (no O. Hess, 1973)

IPOUCXOANUT OOBEeNNHEHIIE, KOHBI02AUUS, TOMOJIOTYHBIX (POUTEIbCKIX) YABOSHHDBIX
B pes3y/IbTaTe PeIUIMKALY XPOMATH B S-Tiepuofie IpefiecTByoieit nHTepdassl. [Ipn
3TOM 00pa3yITCs T.H. Mempaovl, T.e. XPOMOCOMHBIE KOMIIIEKCBI, COCTOSAIINE U3 YeThI-
pex xpomatuj, (yIBOCHHBIE MaTePMHCKNE VI YBOCHHBIE OTI[OBCKNE), KOTOPBIE COeMM-
HEHBI BMeCTe C ITOMOIIBIO CHEeNVaNbHON CTPYKTYPbl — CUHANMUHEMHO20 KOMNTEKCA.
B 9T0 >Xe BpeMsi IPOMCXOAUT OOMEH yIacTKaMI MeX/Y XpOMAaTHUAaMy TOMOIOTMYHBIX
XPOMOCOM (HO He MeX/1y CeCTPUHCKUMY XPOMaTHU/JaMI1 OfHOTO TOMOJIOTa) — KPOCCUH-
206ep. Kpome Toro, B mpoliiecce KOHbIOralMN ¥ 0OMeHa MIPOUCXOANUT CUHTE3 IPUMEPHO
1,5% xpomocomnoit THK.
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B npodase I meitoTmdeckoro fieneHns HabmogaeTcsa pocT 06beMa OOIUTOB, B KOTO-
PBIX HAaKaIUIMBAIOTCS 3aIlacHbIe BellleCTBa, 0OecIedNBalolIyie paHHNe CTailU Pa3BU-
TS OY[yILero 3apoybllia.

OTa nmpodasa OTIMYAETCA JIUTETbHOCTBIO IPOXOX/EHVA IIePEYMCICHHBIX BBIIIe
co6brTuit. O6pruHas comarndeckas mpodasa piurcs 0,5-1,5 4. Meitornueckas mpodasa
criepmaronuTa I mopsjka y caMios Mbim JynTcs 12 cyT, y 4enoBexa — 24 gHA (I1oc
elre OKOJIO JIBYX MecAILleB /10 IOMTHOTO CO3peBaHusA crnepMmaTtosonpa). Cpeay 5KeHCKIX
TIOJIOBBIX KJI€TOK ITpodasa I mopsaaka TpuToHa 0OBIKHOBEHHOTO J/INTCSA OKOMIO 1 Tofia, y
MBIIIN OT 4 MecslleB 10 3 JIeT, Y 4esoBeKa mpogasa I oounToB HaunHaeTCA Ha TpeTbeM
Mecsille BHYTPUYTPOOHOTO pasBUTHUA U MOXKET IIPOO/DKATHCA A0 50-7IeTHEro Bo3pacTa
JKEHIIVHBL. I[Ipy 3TOM y desoBeka IIPOMCXOANT IIOCTEeNeHHas IM6e/lb 3a/I0)KEHHBIX 00-
IIUTOB: Y 3-MeCAYHOro 3MOPMOHA MX OKOMO 7 - 10° K/IeToK, K pOKAeHMI0 pebeHKa MX
ocraercs okojo 2 - 10° k momoBoMy co3peBaHmio — 3 - 10%, Bcero >xe co3peBaeT (OBy-
NMPYIOT) IpUMeEpHO 5 - 10 oouTOB.

I pyras oco6eHHOCTD Tpodasbl I Meoii3a B TOM, 4TO B OT/INYME OT OOBIYHOTO MUTO32
XPOMOCOMBI COXPAHSAIOT PsJi PYHKIMOHATBHBIX HAIPY30K, @ IMEHHO: OHM CIIOCOOHBI
k cunrtesy PHK, Jactuunomy cuntesy JJHK, nperepneBaror psAf cTpyKTypHBIX Iepe-
cTpoek. JIpyrumm crmoBami, mpodasHble XpOMOCOMBI | MeJTOTIIeCKOro fie/ieHNs He Ha-
XOIATCA B COCTOAHUY (PYHKIMOHAIBHOTO MIOKOs, @ YYaCTBYIOT B LIe/IOM psijie COOBITMIL.

2. Cragun npodasbl | meitoTnyeckoro aeneHns

Bca mpodasa I MeloTM4YecKOro JielleHUsl COCTOMT U3 HeCKOJIbKUX CTafuil: ien-
momena — CTagVsl TOHKUX HUTeN (XpOMOCOM), 3u20meHa — CTafVsl CIMBAIOMINXCS
(06BeMHAIONINXCS, KOHDIOTUPYIOLINX) HUTEN, HAXumeHa — CTaayis TONCTBIX HUTEN,
ounnomena — CTayisl JBOVHBIX HUTEW, OuAKuHe3 — CTalVs PACXONSAIMXCS HUTEN
(puc. 24.2, 24.3).

W3 Bcex craguit mpodassl I camoit JymnTenbHOM ABIAETCS CTafus IaXUTeHbl, B psife
clIy4JaeB OHa 3aHMMaeT o 50% BpeMeHu.

Tak, y 4enoBeka Ipu CIiepMIOTeHe3e CTa[Uy JICITOTEHDbl C 3UTOTEHON 3aHMMAIT
6,5 cyT, maxatuHa — 15, gumtorena u guakuHe3 — 0,8; ITo cpaBHeHMIO ¢ OOBIYHBIM
MUTO30M IIPOJOJDKUTENBHOCTD JIe/IeHNA K/IETOK B IIPoLiecce Melio3a HECPABHUMO JJIN-
Te/lbHee. DTO 0COOEHHO HAI/IAHO BUHO PV CO3PEBaHMY )KEHCKVIX ITOIOBBIX KJIETOK Y
JKMBOTHBIX, Y KOTOPBIX AMIIeKIeTKM MOTYT OCTaHaB/IMBATbCA B PAa3BUTIM Ha HECKO/IBKO
MecsAIeB U IaXe JIeT B CTaiNy AUIUIOTeHBI Tpodasbl I MeitoTN4eCKOro JemeHs.

Jlenmomena, v CTagyis TOHKUX HUTe, MOPQOIOrMYeCcKY HAIlOMUHAET paH-
HIOIO ITpo(a3y MIUTO3a, HO OTIMYAETCA TeM, YTO IIPU Meilo3e sAapa OObIYHO KpyIlHee
U XPOMOCOMBI O4€Hb TOHKME, TaK YTO MPOCHAENUTh UX IO BCEl AIMHE OYeHb TPYAHO
(cm. puc. 24.3).

JIMHa KaXKoMl MeNOTMYECKOM XpPOMOCOMbBI Ha PaHHMX CTafiMfAX Meilo3a MOXKET
6bITh B 10-100 pa3 6obliie J/IMHBI COOTBETCTBYIOIIX MUTOTUYECKUX XpoMocoM. Crie-
TOBaTEIbHO, MEMOTHYECK)eé XPOMOCOMBI MMEIOT MEHBUIYI0 CTeIleHb KOMIIaKTH3a-
LY, OHM TIpUMepPHO B 30 pa3 MeHee KOMITAKTHBI, YeM XPOMOCOMBI B MeTadase Meito3a.
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Puc. 24.3. ®otorpadum ot-
JleNbHbIX CTanin Meno3a:

a — XpPOMOCOMbI CrepmaToro-
HWsA; 6 — NenToTeHa; 8, 2 — 3U-
roteHa; 0 — naxuTeHa; e — au-
nnoTeHa

LUH — ueHTpomepa, X — xpo-
mocoma (no O. Hess, 1973)

B nenroTeHe XpoMOCOMBI YJBO€HBI, HO CECTPUHCKNE XPOMATHU/IbI B HUX Ja/IEKO He BCEITa
yHaeTcs pasnndnTh (Tak >Ke, Kak B XpOMOCOMax B paHHel mpodase Mutosa). Takum 06-
pasoM, B JIENITOTEHE COMIeP>KUTCS JUIUIOUIHOE KOMYeCTBO (2n) CABOGHHBIX CECTPVH-
CKMX XpOMATHI, HO 061Ijee KOMIeCTBO MOC/IeTHNX, KaK ¥ IIPY 0OBIYHOM MIUTO3€, PABHO
4n BCefCTBYE PEAYIUIMKALUA B S-TIepuofe.

PacrionoxeHne XpoMOCOM B JIENTOTEHE YacTO MOBTOPAET TeNodasHyI MOMApK3a-
uio sAppa. IIpy 9TOM y HEKOTOPBIX XXMBOTHBIX XPOMOCOMBI 0OPa3yIOT TaK Ha3bIBae-
My GuUrypy «bykeTta» — Hyroo6pasHo M30THYTbIe COMDKEHHBIE XPOMOCOMBI, CBSI3aH-
Hble CBOVIMM TeJIOMEPaMIU C sIIePHOIT 060TOYKOI.

XapaKTepHO M/iA JIENTOTEHDI MOABIEHNE Ha TOHKMX XPOMOCOMAaX CTyCTKOB XpOMa-
TYHa — XPOMOMEPOB, KOTOpPbIe KaK Obl HAHM3aHBI B BUjie OYCUHOK 11 PacIo/IaraloTcs 110
BCell JUIMHE XpOMOCOMBI. U1CTI0, pasMep U paclonoXKeH)e TaKMX XPOMOMEPHBIX y4acT-
KOB XapaKTEPHBI I/IA KaXKJ0l XPOMOCOMBI.

B nenroreHe HauMHAET BBIABIATHCA CAEHYIOUINI, YPE3BBIYANIHO BaXKHbIN U XapaK-
TEPHBIN /I Meiflo3a IPOIecC KOH®I02ayuy TOMOTOTMYHBIX XPOMOCOM, MX COmKe-
HIIe, KOTOPO€e HAaYMHAETCA B TE/IOMEPHBIX YYaCTKaX, CBA3aHHDIX C SAJIEPHOIL 00OIOUKOIL.
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B atmx Mecrax obpasyercs
CTIOXKHaA CIleljMajbHass CTPYK-
Typa — TSDK O€IKOBOW IIpu-
PONbI, CUHANMOHEMHDIL KOM-
njaeKc, KOTOPbIl II03Xe, B 3U-
TOTeHe, CBSKET TOMOJIOTUYHbIE
YOBOEHHBIE XPOMATUIBI IIO
BCell UX JIJIVHE.

3uzomena — cTapus mpo-
XOXJIeHUsI KOHBIOTal[Mi TO-
MOJIOTMYHBIX XpOMOCOM (cm-
Haricuc) (cMm. puc. 24.3). Ipnu
3TOM TOMOJIOTMYHbBIE XPOMO-
coMbl (y>ke [BOJHBIE IIOCIIE
S-mepuopa) cOmmKawTCcA U 06-
Pa3yIOT HOBBII XPOMOCOMHBIN
chaM6}H” HI/IVKOFI[a A0 3TOro HE 1 — NNOCKOCTN pacxoXpaeHna xpomatug B | genenun; 2 — 10 xe Bo I
BCTPEYAIOMINIICA TIPU K/IETOY-  AeneHuu
HOM [e/leHuu, — Ousanenm
(puc. 24.4). BuBaneHTBl — 9TO NMapHbIe COEAVHEHVS YABOSHHBIX TOMOTOTMYHBIX XPO-
MOCOM, T.€. Ka>K/blil OMBATIEHT COCTOUT U3 YeThIpeX XpoMaTnj. TakuM 06pa3oM, 4ncio
OMBajIeHTOB Ha AP0 Oy/eT paBHO TAIUIOMAHOMY YMCITYy XPOMOCOM. Takoit mopsimox
06 benHeHN BUIEH U Ha CIIelyIOIL N, TAXUTEHHO CTajU!, a HA CTaINM 3UTOTEHDI OH
TOJIbKO HAauMHAETCS, I BUJJMMO VIMEHHO 3Ta CTaiNsl KAaK-TO OIpefieiAeT TeueHMe JIaH-
HOTO IIPOlLiecca, BO MHOTOM ellle HEIIOHATHOTO. JlefiCTBUTEe/IbHO, KaK B IPOCTPAHCTBE
sIpa XPOMOCOMBI HaXOfAAT He IIPOCTO COCEJia, @ TONBKO OJHOTO CHelnpIiecKoro roMo-
JI0Ta, KaK OHM PacHojaraloTca OfiMH OKOJIO APYTOro — 3TY BOIPOCHI ellje O KOHIa He
BBISICHEHBI.

Bri10 HalifieHO, 4TO B OT/IMYME OT MUTO3a, B Ipodase Melio3a, a MUMEHHO Ha 3UTOTEH-
HOJI cTaguy cuHTe3upyeTcs Hebombioe (0,3% ot Beeit [IHK ke TK1) KOM4ecTBO Crieru-
¢uueckoit [JHK, monyunsiueit nassanue zJJHK (3urorennas [JHK). ¥ muneitnpix zJJTHK
o6orammena I-1] mapamm, COCTONT U3 YHMKA/IbHBIX ITOC/IEOBATE/IbHOCTEN HYK/ICOTH/OB.
Ita THK pacmpenesiena HeOONMbUIMMY yYacTKAaMM O BCeil [UIMHE XPOMOCOM JIM/INAN.
ITpy 06BIYHOM MUTOTMYECKOM IVIK/I€ OHA CHHTE3MPYETCs] OffHOBPEMEHHO C OCHOBHOII
maccoit [IHK, Ho mpu Meito3e — TOMBKO B 3UTOTEHHOI CTAJiUN, T.€. IPOUCXOUT Heflope-
mwnkanys uMeHHo zJJHK. bbito 06Hapys>keHo, 4TO ec/ Ha CTaiiy 3UTOTeHBI IIOfJaBUTD
C TTOMOIIIBI0 MHTMOUTOPOB 9TOT HeOObIIO0l HoronHuTenbHbi cunted [JHK, To KOHB-
oragmnsa XpOMOCOM HperaTI/ITCH. Ha ocHoBanun HOHY‘IeHHbIX OAaHHDBIX 6])1}10 Cleln1aHoO
IpeIIoIOXKeHNe, YTO crienmduyeckye o ceoeMy crpoennio yuactku zJJHK na romorno-
TMYHBIX XpOMOCOMaX elje Ha G2-cTapym nHTepdasbl 0OLNTA Y3HAIOT» APYT APYTa M HA
HEKOTOpOe BpeMs 00pasyloT CTabuIbHbIe CBsI3U, HEOOXOAMMBIE J/IsI 3aKpeIyIeHNs XPO-
MOCOM OJIHY BJI0/Ib IpyToii. [lo3gHee 3Ta CBA3b OCYIIECTBAALTCA YKe C IOMOLIbIO MHOI!
CTPYKTYPBI, @ UMEHHO C IIOMOIIBIO CUHANMOHEeMHO020 Komnaexca (puc. 24.5). O6benu-
HeHIe TOMOJIOTOB Yallle BCEro HauMHAeTCA B TeIoMepax I IleHTpoMepax. B aTux mecrax,

Puc. 24.4. CtpoeHne GuBaneHTa: a,-a, U A,-A, — CeCTPUHCKKe
xpomatugpl (no KnkHag3e v Boicoukoit, 1975).
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Puc. 24.5. CvHanTOHEMHbIN KoM-
nnekc (CK):

a — dparmeHT CK B 3NEKTPOHHOM MU-
Kpockore; 6 — cxema; 8 — MOAeNb:

1 — XpOMAaTUH CECTPUHCKUX XPOMO-
COM, 2 — OCEBOIi 3N1eMeHT, 3 — 6OKo-
Bble anemeHTbl (SCP)

a TI03/IHee 11 B JIPYTVX IIO BCeil IIMHEe COeNVHAIIXCA XPOMOCOM IIPOUCXONUT COMI-
JKEHVe OCEBBIX TsDKell Ha pacCTosiHMe 0Komo 100 HM, MeXAy HUMM 00pasyIoTCs CBSI3KIA,
U TaK IPOMCXOANUT (pOpMUpOBaHMe OMHO CTPYKTYPbl CMHAIITOHEMHOTO KOMILIEKCA.
ITo Mepe cOMMKEHNA U CBA3BIBAHMA TOMOJIOTOB 9TOT KOMIIIEKC pacTeT IHOf00HO TOMY,
KaK JIeJICTBYeT 3aCTeXKKa «MOJIHMA»: JIBe JIEHThI OOBEANHAIOTCA B OIHY. B KOHIje 31r0-
TEHbI BCE€ TOMOJIOTY HE TOJIbKO Halll/IN IPYT Apyra,
HO ¥ T€CHO OOBeIMHIINCDH C TIOMOIIbI0 CUHAIITO-
HEMHOI CTPYKTYpHI (puc. 24.6).

Cunanronemubit kommiekc (CK) Bcrpeua-
eTCs MPAKTUYeCKU Y BCeX IpefcTaBUTeNell JyKa-
PMOT, KOTOpble 00/Iafjal0T IMOJIOBBIM IIPOLECCOM.
OH 0oOHapy>keH y IPOCTEIINX, BOJOPOCIelt, HIt3-
IINX ¥ BBICHIMX IPUOOB, y BBICIIVX PAaCTEHU U Y

Puc. 24.6. Cxema yyacTka naxvuTeHHo xpomocombl u CK:

a — obwwin Bua: A;A' — cecTprHCKIe XpOMOCOMbI OfHOFO FOMOJIOra;
a;,a' — CECTPUHCKIE XPOMOCOMbI BTOPOFO roMoJIora: 1 — OCEBOM 3fle-
MEHT; 2 — BOKOBOW 3N1EMEHT; 3 — PEKOMOMHALIMOHHbII Y3en0K

6 — BU B NONEpeYHOM paspese
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KUBOTHBIX. [To cBOelt MOpQOIorny OH MMeeT BUJ, TPEXCIOVHO JIEHTbI, COCTOsAIIEN U3
IByX OOKOBBIX KOMIIOHEHTOB — TsDKell (TommyHoi 30-60 HM), IIeHTPaTbHOTO 0CEBOTO
aneMeHTa (TOMIMHOI 10-40 HM); 60KOBBIE KOMIIOHEHTBI OTCTOSAT PYT OT Apyra Ha 60—
120 uM, ob1mas mmpuHa Komiekca 160-240 am. Marepuan XpoMOCOM PacIonaraeTcs
CHapy>X! OT OOKOBBIX 971eMeHTOB. KaXK/Ibli1 60KOBOJI 9/1eMeHT CBSI3aH C IeT/IAMU JIBYX
CeCTPMHCKUX XpOMaTuj ofHoro romonora. bonbmas vacts JHK sTux xpomaTtup Haxo-
putca BHe CK, n nmumpb meHee 5% renomuon [JHK BxoguT B ero coctas, IPOYHO acco-
nympysach ¢ 6enkamu CK. B cocras atoit [JHK BXogAT yHMKaNIbHBIE M yMEPEHHO IOBTO-
psmoIIMecs NOCIe0BaTeNbHOCTY HYKIeoTuoB. benkosbiil coctas CK cnoxxeH, oH co-
cront 6ornee 4eM 13 10 Ma>KOPHBIX O€IKOB ¢ MOJIEKY/LIPHBIMU Maccamu ot 26 kJla o
190 x/1a. 1o T.H. SCP-6€eKuL.

[MonHoe cOmmxeHre 6MBANTEHTOB U UX CKperieHne ¢ moMotipio CK mponcxomut Ha
CrefyIoleN CTaguy, Ha CTayy TaXUTEHBL.

ITaxumena — crapgusa TONCTBIX HUTeN (cM. puc. 24.2). HaspIBaeTcs Tak MOTOMY, 4TO
6marogapsi MOJIHOM KOHBIOTALMM TOMOJIOTOB IIpodasHble XPOMOCOMBI KaK Obl YBesu-
YUTUCh B TOMIMHE. YNCTO TaKUX TONCTHIX MAXUTEHHBIX XPOMOCOM ramiouano (1n),
HO OHU COCTOAT U3 IBYX OObeAMHUBIINXCS TOMOIOTOB, KaXK/IbIil 113 KOTOPBIX COCTOUT
"3 JIBYX CeCTpUHCKUX Xpomartuj,. CrrefoBarenbHo, 1 3gech konudectso JITHK pasHo 4c,
a 4yCIo XpoMarug, — 4n.

Ha aToit cTafnu mpoucXomnuT BTOPOe, Ype3BbIYaiHO BaKHOE COOBITIE, XapaKTEPHOEe
VIS MeTio3a — KPOoccuHzo6ep, B3aVIMHBII 0OMeH MIEHTIYHBIMY y4acTKaMM 110 IJIHE
TOMOJIOTMYECKUX XPOMOCOM.
leneTuyeckum crnemcTBUEM
KPOCCUHIOBepa  SIBJIAETCS
peKoMOMHaL s CIIeTIIeH-
HBIX T€HOB. 3Mmechb BO3HIU-
KAaKT OT/INYHbIEe OT MUCXO-
IOHBIX XPOMOCOMBI, COfep-
JKalljyie OTHe/IbHbIe Y4acTKHU,
IpuLIefIe OT UX TOMOJO-
roB. Mopdornorudecku 3ToT
MpOlLlecC B IaXUTEHE YJIOBUTD
Henb3s. Ho B manpHeleM, B
OUITZIOTEHE, KOI'Ja HAYMHAKT
pacxomuThCcsi  OMBAJIEHTBI,
OHI OCTAIOTCS CBSA3aHHBIMU
B HECKOJIbKUX TOYKaX, XMa3-
MaX, KOTOpBbIe CUMTAIOT CO-
OTBETCTBYIOLIMI  MeCTaM

obmeHa (puc. 24.7). Puc. 24.7. @ — KpOCCUHrOBep — O6MEH YUacTKaM1 FOMOSIOMMYHbIX

Bbilo 0GHApPYKeHO, 4TO ~ XPOMOCOM — MOP(ONOTUYECKN BLIABNAETCA HaUMHaA C AUMNNOTeH-
HOVi CTaflW, KOT/1a HAUMHAETCA PacxojeH1e 6UBaneHToB, NPy 3TOM
B MecTax 06MeHa BbIABAAKTCA XMa3Mbl: X — X11a3Mbl, L| — LIEHTPOMe-
XOJUT CHHTE3 HeOGONMBIIOro pbl, @' a2 B' B2 — XpoMaTuabl; 6 — BUf AUNIOTEHHON XPOMOCOMBI,
kommaectBa JTTHK (1% ot  coctosweit us 4-x xpomatug; X — xuasma

B TIIaXNUTEHE TaKXe IIpOUC-
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TeHOMa), OT/INYAIOIIEIICS TeM, YTO OHA COEPIKUT MOBTOPSIOLINECS ITOCTIEe0BATENbHO-
cTy HykeTnnoB. Ho 9TOT cuHTe3 penapaTuBeH, B pe3y/IbTaTe ero He 00pa3ynTcs Jo-
HOJTHUTE/IbHBIE MM HefocTaromye KonndecTsa JHK, a mponcxopnut BoccTaHOB/IEHME
yrpadenHbIx yuacTkoB JHK mpu o6MeHe MeXIy KOHBIOIMPOBAHHBIMI XPOMATUIAMMA.
Beco nporecc o6bennHennsa u obMena Mexxpy JHK HececTpmHCKMX XpoMaTny romo-
JIOTOB MOYKHO IIPEICTaBUTh CIeRyoIuM o6pazom. ITo aHe XxpoMocoMbl pasbpocaHbl
Y4YacTKM IOBTOpsOIMXCA nocnefosarenpHocreli JIHK, koTopble mpu paspbiBax ¢ IO-
MOIIIbIO CIIeMaTbHBIX (PePMEHTOB JIETKO MOTYT 00pa3oBaTbh TMOpPUHBIE MOJIEKYIBI.
CumBaHMe ¥ BOCCTaHOBJIEHME 1[€/TOCTHOCTY MOJIEKY/I C IOMOIIBIO CIIel[MaIbHBIX pella-
paTUBHBIX (PepMEHTOB IIPUBOAUT K BKIIOYEHMI0 IpefmecTBeHHnKoB B [JHK Ha cragun
naxyTeHsl. 1o Bceil BEpPOATHOCTY, B 3TOM IIPOLeCCe NPUHVMAET yJacTye T.H. PeKom-
6unayuoHHwLil y3en10Kk — 60BN OeTKOBBI aHCAMO/Ib Be/munHOI okomo 90 HM. OH
pacrosnaraercs B CMHalITOHEMHOM KOMII/IEKCE MEX/[y TOMOTIOTMYHBIMM XpPOMOCOMaMMI,
€T0 PacIlOIO’KEeHNE COBIA/IaeT C MECTaMU XMa3M, I7ie IPOUCXOAUT KPOCCMHIOBEp. B ko-
HEYHOM pesy/IbTaTe B Meilo3e II0C/Ie BTOPOTO Jie/IeHNs IIPOU30IifieT He TObKO 06pa3o-
BaHJe TaMeT C TaIUVIOUIHBIM YMCIOM XPOMOCOM, HO B K)XX/J0J FaMeTe MOTYT OBITh Xpo-
MOCOMBI MHBIX CBOJICTB, 4Y€M B MICXO/IHBIX K/I€TKaX.

B nmaxuTeHHON CTafgyuy Ha4MHAETCA aKTMBALVA TPaHCKPUIILIVOHHON aKTMBHOCTHU
XpomMocoM. VIMEHHO B 3TO BpeMs B JKEHCKUX IIOJIOBBIX K/I€TKaX IMPOMCXOANUT aMILIN-
¢uKanyss puOOCOMHBIX TE€HOB, YTO IPUBOANUT K ITOSB/ICHNIO TOIOTHUTEIbHBIX SPbI-
miek. Ha 97011 ke cTafiuy Ha4MHAIOT aKTUBMPOBATHCSA HEKOTOPbIE XPOMOMEPHI I 3Me-
HAETCA CTPYKTypa XpOMOCOM; OHY IIPMOOPETAIOT BUJ, «/TAMIIOBBIX IIETOK» («epPIINKOB»
JUIA 9UCTKYU TTOCYAbI). OCOOEHHO OTYET/INMBO 3TU M3MEHEeHN BUHbI Ha CTaVIM JUIIIO-
TE€HBbL.

JOunmorena — crapus ABOVMHBIX HuUTeN (cM. puc. 24.3). Ha aroit craguu meiiosa
IIPOMCXOANT OTTAJIKMBaHME TOMOJIOTOB IPYT OT ApyTa, KOTOPOE 4acTO HAYMHAeTCA B
30He 1leHTpoMep. Ho mpu aToM mapbl ceCTpUHCKMX XPOMAaTH/L KaXK[ 0l TOMOJIOTMYHOI!
XPOMOCOMBI OCTAIOTCS COEAVHEHHBIMI MeX1y COO0II B LIEHTPOMEPHBIX pailoHaxX I IO
BCell yIMHe. B 9TO BpeMs ceCTpMHCKME XPOMAaTHU/Ibl OTYETINBO BBIAB/AIOTCA B CBETO-
BOM MuKpockore. [To Mepe oTTa/lKMBaHMA XPOMOCOM B OMBa/lleHTaX XOPOLIO BUIHBI
Xua3smovl — MeCTa IlepeKpecTa U CLeIVIeHNsI XpOMOCOM. To/IbKO B 3TUX yYacTKax Co-
XpaHsAeTCcA CTPYKTYypa CMHAIITOHEMaTbHOTO KOMIIJIEKCA; B Pa3OLIeIINXCA palloHaX OH
ucyesaet. Pacriono)xeHne Xma3M MOXeT ObITb pPas/IMYHBIM Y PasHbIX BUJIOB HA Pa3HbIX
xpomocoMax. boree J/IMHHBIE XPOMOCOMBI IMEIOT OOJIbIIIe X11a3M, YeM KOPOTKIe, HO U
caMble KOPOTKII€ MOTYT MIMETb Of{HY X/a3My Ha OMBaJIeHT.

B nummoTeHHOI CTaguy IPOMCXOAUT HEKOTOPOE YKOpadMBaHye ¥ KOHeHCaluA Xpo-
MOCOM, B P€3y/IbTaTe Y€ro OTYET/IMBO BBIABIAETCA UX 4-HUTYATAsA CTPYKTypa. B 30He
XMa3M IIPY 9TOM BUJIHO, YTO B IIEPEKPECT BOBJIEKAIOTCSA TObKO [IBE XPOMATUIBI U3 Ye-
TBIpeX — I10 OJJHOI OT KaXKHoro romosora (puc. 24.8).

Ha sTo0l1 cTagum XpoMOCOMBI IPHOOPETAIOT BUJ «IAMIIOBBIX IETOK» (puc. 24.9).
Ha BbIfie/IeHHBIX XpOMOCOMAx 3TOJl CTafiuyl BUIHO, YTO KaXK/bII TOMOJIOr B OuBa-
JIeHTe OKPY>KeH KaK Obl BOVJIOKOM, COCTOSAILIVM M3 NMEeTIVCTBIX HUTYATBIX CTPYKTYP.
ITpu sTOM 6BLIO OOHAPY>KEHO, YTO IET/IN MAPHOCHMMETPIUYHBI, 11 KaXK/las Iapa OTXO-
IOUT OT XpOMOMeEpa, PACIIONIOKEHHOTO Ha XPOMOCOMHOII OCH. DTa OCb He YTO MHOE, KaK
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Puc. 24.8. CnapeHHble TroOMONOrnyHble Puc. 24.9. Xpomocombl TviNa «1amMnoBbIX LETOK.

XpOMOCOMbl nepep | meroTuyeckium Ae- a — CBeToBasA MUKPOCKONISA BblAeNIeHHON AUNNOTEHHO XPOMOCO-
neHvem: B pesynbTate 06pa3oBaHNA [BYX Mbl ooLuTa amdubuy; 6, 8 — cxemaTmyeckme n306paxkeHuns:
XMasM ¥ KpoCCUHroBepa obpasosanich 1 — xpomatuabl; 2 — natepasbHble NeTn; 3 — pUGOHYKIeonpo-
YeTblpe pa3Hble XpoMaThbl: Tengbl

AA'n aa' — cecTpuHCKMe XpomaTnapbl pasHbix
rOMOJIOr0B; L} — LIeHTPOMEPa; X — X1a3Mbl

IiBe CIIapeHHbIe CeCTPMHCKME XPOMATH/IbI, 2 XpPOMOMEPBI — 3TO [IBOITHbIE Y4ACTKI KOH-
[IeHCPOBAaHHOTO XPOMATHMHa, MeT/IN >Ke HMPeJCTAB/IAIT CO00Il TeKOHIeHCUPOBAaHHbIE
Y4YaCTKV aKTMBHOTO, PYHKIMOHMPYIOIIETo XpoMaTuHa. XapaKTepHO TO, YTO OHU COfiep-
xar 6onpine komdectsa PHK, kotopast 3pech ke u cunresupyercs. 9ta PHK orHo-
CUTCA TI0 CBOMM XapaKTepPUCTUKAM K MH(POPMALMOHHOIL.

Hanmyye akTMBHBIX XpOMOCOM B JUIUIOTEHE PE3KO OT/INYAET MeJI03 OT MUTO34, ITe,
Ha4MHas ¢ Ipo¢aspl, HONTHOCTHIO pekpamaercs cuute3 PHK. AktuBauys TpaHCKpuII-
LIV B TTAXMTEHe ¥ 0COOEHHO B AUIIOTEHE YaCTO COBIIAIAeT C POCTOM (OPMUPYIOMINXCS
HOJIOBBIX K/IETOK, YTO OCOOEHHO XapaKTepHO /i oonnToB. Kak pas B 9T0 BpeMs KjeTKa
VHTEHCUBHO CUHTE3MPYeT U 3aracaeT 6e/1ky, HeoOXoAMMBle sl 0becliedyeHns: paHHUX
CTaguil pa3BUTHUA 3apOAbIIIA. [I/1 3TOro IpONCXOAUT CMHTE3 OTPOMHOIO KOJIMYeCTBa
pubocom Ha aMIUIPOBaHHBIX AApbIIKax 1 MHGopMmaroHHoit PHK Ha 60KxoBbIX
HET/IAX XPOMOCOM.

Juakxunes xapakTepusayeTcsi yMeHbIIIEH)EM YMC/Ia XMa3M, YKOpodeHyeM OnBasieH-
TOB, ITOTepell AfpbIlIeK. buBaneHTs IpruobpeTaoT 60Iee KOMIIAKTHYIO GOpMY, MecTa
COe[IMHEeHM I TOMOJIOTMYHBIX XPOMOCOM OKa3bIBAIOTCA PACIIONIOKEHHBIMM Ha X KOHIIAX
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Puc. 24.10. PacxoxgeHue xpomocom B | geneHum
meio3a (a) v Bo Il geneHunn menosa (6):

1 — KWUHETOXOp W ero MUKPOTPYOOUKM; 2 — XMa3Mma;
3 — CecTpuHCKMe XxpomaTtuabl

TepMIHAJIBHO. XPOMOCOMBI TEPSIOT CBA3U
C sA/lepHOIl 00OTOYKON. JTa CTafus SIBIA-
eTCsl TIePeXOffHOM K COOCTBEHHO JIeTIeHNIO
K1eTKu. B meradase I nenenns meitosa 6m-
BaJICHTBl BBICTPAMBAIOTCA (KaK M IIOjIara-
ercss 1A MeTadasbl) B 9KBATOPUAIbHON
IVIOCKOCTY BepeTeHa.

B anacdase I nenenns copepuraeTcs eme
OfIHO BaXKHeillllee COOBITME — PaCXOXKJie-
Hue xpomocoM. Ho, B oTmume ot Murosa,
PacXomATCA He CeCTPUHCKIE XPOMATH/BI, a
TOMOJIOTMYHBIE XPOMOCOMBI, COCTOSIIIIMIE U3
IBYX CeCTPMHCKUX Xxpomarup (puc. 24.10).
Ecnn ouenmBarh coObiTus 3TON (asbl, TO
BUJIHO, YTO IIpM aHadase 10 pasHLIM KJeT-
KaM PacxofsaTCs ajUle/IbHble T'eHBbI, PacIo-
Jaramoluecs B pasHbIX romosnorax. Pacope-
Jie/IeHNe >ke TOMOJIOTOB II0 K/IeTKaM COBep-
IIEHHO C/IydYajiHoe, TaK YTO IIPOMCXOANT
CMellleHe, TIepeKOMOMHAIA XPOMOCOM U3
pasHbIX map. Ecmm onenuBarbh o6pa3oBas-
IIMecst XpOMOCOMHBIe HabOpBI, TO 062 OHNI
comepxkart 1o 2¢ konmnyectsa [IHK u mo 2n
qyCcIa XpoMarug, 160 Kakaas XpoMocoMa
B IIape TOMOJIOTOB COCTONT V3 IBYX XpOMa-
TIJ. B 5TOM OTHOIIEHMN pefyKIuyM Yncia
XPOMOCOM (XpOoMaTuj) elie He IPON3OLIIO,
HO B /IBa pa3 IIPOM3OLUIO YMeHbIIEHNe Te-
HETUYeCKOI PasHOPOJHOCTM, TaK KaK Te-
nepb B KaKIOM XPOMOCOMHOM Habope HeT
QJIJIeIbHBIX T€HOB.

3. Bropoe meitoTuyeckoe
geneHne
Bcren 3a tenodasoii I nenenns cnemyer

KOpOTKas uHTepdasa, B KOTOPOIL He npouc-
xo0um cunmesa [JHK, v K1eTKu IpUCTY-

HA0T K CTIeAY0IeMy JIeJIeHNI0, KOTOpoe 0 MOp(O/Ioru 1 MoC/IefoBaTeIbHOCTY He OT-
JIMYAETCA OT MUTOTUYECKOTO [ETIEHNA: TIApHble CECTPUHCKIE XPOMATH/IbI, CBA3aHHbIE
B IIEHTPOMEPHBIX Y4acTKaX, IPOXOAAT mpodasy u Meradasy; B aHadaze OHU pasbein-
HAIOTCA M PAcXOAATCS 110 OFHOI B JlodepHMe KaeTkn. Takum o6pasom, mpu II meito-
TUYECKOM JieJieHun KieTka ¢ 2¢ xomudectBoM JHK u 2n umcimom xpomarug, [ensch,
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JaeT Ha4ajIo IByM KJeTKaM C ranaougHbeiM cofiepkanueM [JHK u xpomocom. B oTHO-
HIEHMN YMCa CTPYKTYPHBIX eOVHNL, XpoMatug, II meneHne Meriosa ABIAETCA pefyK-
VOHHBIM. O[HAKO TEPMUH «PeAYKIVOHHBII» YIIOTPeO/IsAeTCA TakKe U B OOIIereHeTH -
YECKOM CMBIC/IE ¥ OTHOCUTCA K PACILEIIEHNIO ajlyIefIell, I B 3TOM CMBbIC/IE PESYKLIOH-
HBIM sABJIsieTCs | efieHune Melio3a, KOrzja B KJIETKM TIOTIaflaeT 10 OJHOI U3 ayteneil (puc.
24.100).

B pesynbrare Bcero mpoiiecca Meitosa Iocie JBYX Jie/IeHIIT U3 OJHOI KJIeTK! obpa-
3YIOTCA Y€ThIpe FallJIOUJHBIX, KaK/as 13 KOTOPHIX OT/IMYAETCS 110 CBOEN TeHeTUIeCKO
KoHcTHUTYLMu (puc. 24.11).

Kak Bo BpeMsA MUTO3a, TaK M Ipy pacxoXpeHnn xpomocoM B I u II memenun meii-
03a IIPOMCXOAUT CIy4daliHOe pacIpefie/ieHlie XpOMOCOM I10 JoYepHUM KIeTKaM. ITO 1
Co3/laeT reHeTN4YecKoe pa3HooOpasyie B BO3SHMKAOIIMX rAllIONIHBIX MOJIOBBIX KIeTKAX.
Tax, HanpuMep, B JUIUIOMJHBIX K/IETKAX € Y/C/IOM XPOMOCOM PaBHBIM JBYM IIOC/IE Mei-
03a 06pasyercs 4 pasninuHble KIETKI. T.e. 41C/I0 BapuaHTOB OyieT paBHO 2. Y yelmoBeKa
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Puc. 24.11. Cygbba roMmonornyHbix Xxpomocom (A 1 a) B MUTO3e 1 Melio3e:

S-cnnte3 IHK, CK — crHanToHeMmHbI Komnnekc; | — nepBoe menoTuyeckoe aenexue, || — BTopoe menotnyeckoe fe-
neHwue;

N — N1onaHOCTb
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Puc. 24.12. CpaBHeHMWe rameToreHesa y camuoB (a) 1 camok (6).

a: 1 — cnepmaToroHum, 2 — MiTo3bl, 3 — PoCT, 4 — NepBUYHbIE CNePMaATOLUTLI (4n4c), 5 — BTOPMYHbIE CNEPMaTOLUTbI
(2n2c¢), 6 — cnepmatugbl (1n1c), 7 — cnepmato3ongbl;

6: 1 — ooroHuu, 2 — poct, 3 — ooumT (4n4c), 4 — oounT nocne | feneHnsa (2n2c), 5 — nepsoe nonApHoe (HanpasuTeNb-
Hoe) TenbLe (2n2c), 6 — 3penbiit ooumnT (1n1¢), 7-9 — BTOPbLIE (HanpaBuTeNnbHble) Tenbua (1n1c)

JKe ITOCTIe Meoli3a MOXKeT BOSHUKHYTb HECKO/IbKO MWIIMOHOB Pa3/INJalOIXCs K/IETOK,
faske ecu OyzIeT MCK/II0YeH KPOCCUHTOBEpP, KOTOPBIN YBEIMUYNUT 3TO pa3HOOOpasue ele
BO MHOTO pa3.

3aBepleHMe Meil03a /11 MY)KCKIX ¥ )KeHCKUX TOHOLIUTOB pasnuydHoe. I1pn meriose
CIIepMaTOTOHMEB BO3HMKAIOT 4 O[IMHAKOBBIX 110 pasMepy ClIepMaToLTa, KOTOpble 3a-
TeM 1 pepeHIPYIOTCA B CIIEPMATO30U/IbL.

[Tpn meito3e ooroHmit KaptuHa nHas. [lepBoe nenenue cospesanus (I meitornyeckoe
JiefieHyie) IPUBOJNT K TOMY, YTO OT OOJIBILIOTO OOLIMTA OTHE/ACTCS MeIKast K/IeTKa — Ha-
npasutenbHoe Tenble. [pu II genenny nponucxogut Takxxe HepaBHOE JieIEHME: OT 00-
LATa OTAE/NAETCA BTOPO€E HallpaBUTEIbHOE TEMbIIE, a IepBOe TakxXKe gennutcA. Ilostomy
BO3HMKAIOT YETBIPE KIETKN: KPYIIHAA 3peias ANIEeK/IeTKa U TPU MENIKMX HallpaBUTe/Ib-
HBIX TeJIblIa, KOTOPBbIe OBICTPO fereHepupyloT (puc. 24.12).



[naBa 25

Perynauua KneToyHoro uukKna

Knerounslit iukn npefcraBaseT coboit OFHOHAPABIEHHBIN MPOIIeCC, ITe KIeTKa
IIOCTIeiOBATE/IbHO IIPOXOAUT PasHble €ro Iepuoybl, 6e3 UX IMPOIyCcKa WM BO3BpaTa K
HOpeAbIAYIIM CTaguAM. BCTynMB B KJI€TOYHBIN UKL, KJIETKA €ro 3aKaH4YMBaeT CUHTe-
3om [JHK u nenenuem xnetku (puc. 25.1).

OpHako, KaK y>Ke TOBOPUTIOCh, KIEeTKI
MOTYT BBIXOJUTD U3 IIVIK/IA, IEPEXONUTD B
craguio mokos, unn B G,-craguio. B MHO-
TOK/IETOYHBIX OPTAaHM3MaX MHOTME KTIeTK!
TepSII0T CIMOCOOHOCTh K mponudepanyi,
K PasMHOXXEHMIO, TEepsII0T CIOCOOHOCTD
[EePeXOJUTb U3 CTafiuM IIOKOS B HOBYIO
craguio mponudepaunn, B G,-CTafnio, Ko-
TOpas HauMHaeT IyTb KIETKU K ee Jierie-
Huio. K TakuM KjieTKaM OTHOCATCS Hell-
POHBI, KapAMOMMOLIUTDI, KIETKM XPyCTa-
nmKa u MHorue fpyrue. CylecTBYIOT TaKKe OpraHbl C PeKO Je/ALMMUCA KIeTKaMI;
TaK, HallpMep, KJIETKM IIeYeH! MOTYT BXOJOUTb B KJIETOYHBIN LMK/ 4epe3 HECKOIBKO
MecAILeB ITOKOs. BpIcTpO pasMHOXKaroIyecs KIETKI B3POC/IbIX OPTaHN3MOB, TaKye KaK
KPOBETBOPHBIE, M 6a3anbHble KJIETKM SIUIePMIICA U TOHKOJ KMIIKY MOTYT BXOJUTD
B KJIETOUHBII IUKJI Kaxpable 12-36 4. Camble KOPOTKME K/IeTOUHbIE IIUKIIbI, 0KOIO 30
MUH, HaO/TIOAI0TCSI TIPY OBICTPOM APOOIEHUY SIUL] HU3LINX OPraHM3MOB (UITIOKOXIE,
3eMHOBOJIHBIE). B 9KCIepMMeHTa/IbHBIX YCIOBUAX KOPOTKMI (20 ) K/I€TOYHBIN LMK/
MMeEIOT MHOTVe IMHUM KJIeTOYHBIX KY/IbTYP.

Yro ompepenaeT BCTYIUIEHNE KJIETOK B IPOMuQepaIyio 1 4TO OIpefenseT 3aKOHO-
MEPHYIO ITOC/IElOBATEIbBHOCTh CMEHbI IIEPUOMIOB KIETOYHOrO LIMK/IA — 3TU BOIPOCHI
JIOJITO€ BpeMsI OCTaBaIiCh 6e3 OTBeTa.

CumTanock, YTO JIg Hayasa BCTYIUIEHN B KJI€TOYHBII IIVIK/T HEOOXOAVIM POCT >KI-
BOJI Macchl KIeTKM, oOpa3oBaHue BelecTB Jyis menenus, B yactHoctu JHK u Genka,
CO3JlaHNs OIIPEJIEIEHHOTO YPOBHA SHEPreTMYeCKUX 3aI1acoB U T.JI.

Puc. 25.1. Cxema KNeTOYHOro LmKna

1. d)aKTop carumynaunumn MUTo3a

Pacummdposka perynanuyu npoueccoB KJI€TOYHOTO fIe/ieHNs Hadanach B 70-e rofsl
IPOIIOrO BeKa, KOTZa ObIIV HaliIeHbl METOIbI C/IVAHNSA Pa3sHbIX K/I€TOK, METO/IbI IIOTTY-
YeHUs reTePOKapMOHOB (0 HUX CM. I71aBy 2). OKas3anoch, 9YTO MOXKHO ITOJTYIUTD C/IUSTHIIE
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Puc. 25.2. BnnAaHue B retepoka-
pUOHaX UMTOMMa3Mbl  KNeToK-
peuunmneHToB (cneea) U3 pasHbIX
CTaAU  KNEeTOYHOro LMKna Ha
cynbby [oHOpCKMX afep (cnpasa),
B3ATbIX U3 Pa3HbIX CTAAWNA KNeTou-
HOrO LMKNa APYruX KNeToK.

|. UcxogHasa Komnosuumsa retepokapu-
OHOB: cnieBa (G,, S) — agpa peunnuen-
T0B; M — MUTO3; CNpaBa — AOHOPCKME
AApa Ha ctaguax G, G,, S.

II. U3meHeHnA B CTPYKTYpe [OHOPCKMX
Anep Tex xe rerepokapmoHos. [MKX-

He TONbKO UHTepdas-
HBIX KJIETOK C WUHTEP-
(dha3HBIMU, HO U UHTEp-
¢dasHpIX € MHUTOTMYe-
ckuMn Kiaetkamu. [Ipm
3TOM  OOHAPY>KMIOCH
YAUBUTENbHOE SIBJIEHIE:
B Takoll TuOpUIHOIML
KJIeTKe, Tfie ObUIM MUTO-
TUYECKNE XPOMOCOMBI
OJHOM M3 MCXOOHBIX
KJIE€TOK, B Alpax OT MH-
TepdasHbIX KJIETOK Ha-
YMHA/IACh KOHJ[EHCALVs
XpOMOCOM,  paspylia-
nach sifiepHas 0600YKa
u 006pa3oBBIBANKCH T.H.
IPeX/JeBPEMEHHO KOH-
IeHCUpPOBaHHbIE XPOMO-
comsbl (ITKX mmu PCC —

NPEeXAEBPEMEHHO KOHAEHCUPOBAH-
Hbl€ XPOMOCOMbI

preliminary condenced
chromosomes). ITpuuem
crpykrypa IIKX 3aBu-
cenma ot ctaguu nHTepdasHOro sapa: B sape oT G, KIeTKNU MOSIBIS/IICH OHOHUTYIATHIE
pmunauble [TKX, B appe ot G, xinetku [TKX 6butm gBOMHBIMY (T.K. ITOCTIE S-TIepuofa Xpo-
MOCOMBI YABOVINCE). DTU HAOMIOeHNS HABOAVIIY Ha MBIC/Ib, YTO TIPY CAIVISTHUM TaKUX
K/IeTOK Ha MHTepdasHble sipa AeiCTBYIOT KaKie-T0 (GaKTOPbI, COfEP>KaIecsi B MUTO-
TUYECKUX K/TETKaX.

JJis1 IpOBEPKY 3TOTO MPEATIONIOKEH ST ObIIV IOCTAB/IEHBI OIIBITHI CO CIIVSIHIEM KJIe-
TOK Ha Pas3HBIX CTA[IUAX KI€TOYHOTO 1nKia (puc. 25.2, Tabi. 16).

OTM 9KCIEPUMEHTHI ObIIM [OMOTHEHbI TEM, YTO YaCTh IIUTOIUIA3Mbl MUTO3HOI
KJIeTKV MHbELMPOBa/IM B UNTOIIa3My G,-MHTep]a3HOI KIeTKI. ITO IPUBOFIUIO K I10-
sIBJIEHNIO B sifipe nHTepdasnoi knetku [TKX (puc. 25.3). VI3 atux HabroeHnit ObUI ce-
JIaH BBIBOJ] O TOM, 4TO B LIMTOIIa3Me MUTOTUYECKON K/IeTKY eCTb daxmop (v dak-
TOpBI), cmumynupyrowuii mumos (OPCM
wm MPF — mitosis promoting factor).
ITOT QaKTOp BBHI3BIBAET HE TOBKO KOH-

Ta6nuua. 16. Pe3ynbTaThl CIMAHUA KNETOK Ha pas-
HbIx cTaguax (G, S, G, M) kneTouHoro umkna

VcxopHble KneTki leTepoKapu1oH JIEHCAIIMI0 XPOMOCOM, HO U HPUBOIMUT K
G, 4G, HeT BnsAHuA pacmany sfepHoil 000I0UKY, T.e. IIepeBo-
S+G, Cuntes 1HK IUT UHTep(aA3HYIO KIETKY, faKe 6e3 CUH-
S+G, HeT BuAHNA tesa JJHK, B MUTOTMYECKOE COCTOSHUE
M +G; M (MKX) (KOHEYHO, anblie MOSABIECHMA KOHEeHCH-
M+5 M (FIKX) POBaHHBIX XPOMOCOM pPasBUTHE MUTO3a
M +G, M (MTKX) He weT).
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[TapamnenbHO ¢ STMMM HaOIIIO-
HeHMAMM ObUIM IPOBENEHbI IKCIIe-
PUMEHTBI Ha CO3PEBANIUX U JIPO-
OAmuxca AMIeKIeTKax aAryuex X.
laevis (puc. 25.4). Oonut X. laevis
nocne permkanun JHK 1 xopot-

Koil G,~CTaguy MepexoauT B Meito-  Puc. 25.3. ViHbeKynA 4acTi LMTONNA3Mbl U3 MUTOTAYECKMX
KNeTOK Bbi3blBaeT B UHTepda3HON KneTke nossneHue MKX

THYecKyio npodasy I, Bo Bpems Ko-
TOPOVI B TeyeHue 8 MecALEeB IIPONC-
XOIUT POCT M CO3PEBaHNE OOLMTA, OH IOPACTAET O pasMepa 3penoil MKpMHKN. 11pn
CIIapMBAaHNY OBapyMajIbHbIe KJIETKM CAMKM BBIJE/IAIT TOPMOH IIPOTeCTEPOH, KOTOPBIIA
CTUMYNMpYyeT 1epexop u3 npodasel B I MerioTnyeckoe genenne (Muros I), satem mocrne
KOpOTKOIT nHTepdassl HacTymaeT Il MeitoTndeckoe fe/ieHne, KOTOpOe Ha HEKOTOpPOe
BpeMs OCTaHaB/MBaeTCA Ha cTaguy MeTtadassl (cTagus aima). [Ipu omtogoTBOopeHnn
crepMueM Mertadasa 3aBeplIaeTcs, IPOUCXOANUT BTOPOe Je/eHNe Meoii3a, IIOoC/Ie Yero
TaIUIONIHOE PO SANIEKIETKN CIMBAETCS C SAPOM CIlepMus, 1 006pasyeTcss IUIUION-
Has 3urota. [Toc/me aTux coObITHII CTERYIOT Yepe3 Kakable 30 MIH MHOTOYIIC/ICHHBIE Jie-
JIeHUs1 KJIeTOK pasBMBalolericst 6imacTyinsl (puc. 25.4a).

Ecnu B3aTh ¢ IIOMOLIbI0O MUKPOMAHUIIY/IATOPA H€6OHI>LHYIO YaCTb IMUTOIIZIa3Mbl 113
oonmra Ha crapgyum Meradassl II MeiloTHMYeCKOro [ie/ieHNs ¥ MHDbeINpOBaTh ee B IU-
TOI/Ia3My He CTUMYIMPOBAHHOIO IIPOTreCTEPOHOM OOLMTA, TO IMPOMU3ONET MOBTOpE-
HIf€ ONMCAHHOTO BBINIE IIPOLjecca: OOUUT BCTYNNT B I eleHne Meiiosa, a 3aTeM U BO

JOHONONOL
® © :
tOFOLON

Puc. 25.4. O6HapyxeHue pakTopa cTumynauum cospesanua (MPF) oouunta Xenopus:

a — HopMasibHOe pa3BuTre: T — oouMUT Ha cTaguy npodasbl | feneHus; 2 — oouunT Ha ctagum | metadasbl; 3 — oounT Ha
ctagum |l metadasbl; 4 — 3urota; 5 — | geneHue gpobneHus.

Mp — cTMynAUMA NporecTepoHOM; O — OMI0A0TBOPEHNE;

6 — VHDbEKLMA LMTONMa3Mbl U3 HefenALWenca ANLEKNeTKN B TaKyt e He Bbi3blBaeT CO3peBaHNA — nepexofa B MeTa-
dazy;

8 — VHBEKLMA LMTonnasmMbl U3 MeTadasHOI KNETKM B HeAENALLYIOCA NHAYLIMPYeT ee Nepexof B MeTadasy (co3peBaHue
oouwuTa)
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(a) np on 1 P
]
@

6)— | I T2 3 3
Puc. 25.5. Konebanue yposHa MPF B npouiecce MeioTUYecKnX  MUTOTA-  Puc. 25.6. CTpykTypa dakTo-
UeCKIIX [eNIeHNI NMpy CO3PeBaHNN U APObNeHNM ANLEKNETKM Xenopus: pa CTUMyNUpYIOWero MWUTO3
a — yposeHb MPF; 6 — Bpems passutus; np — ctumynsuma nporecteporonm;  (MPF):
on — onnofoTBOpeHNe; | — MeTadasa | meiio3a; Il — gnutenbHas metadasa ll meit- 1 — UMKNWH, 2 — 3aBUCKMasA OT
033; 1,2, 3 — penenua apobneHns 3urothl LIMKAVHA HeaKTUBHAA NPOTENHKN-

Ha3a, 3 — aKTuBHbIN MPF

IT genenne, T.e. MpoU30IizeT ero cospesanue (puc. 25.46). Takum o6pasom, 610 Hail-
JIeHO, YTO B OOLMTE Ha cTaguy Metadassl II geneHns B UTONIa3Me CyLIeCTBYeT ak-
mop (nmu bakroper), cmumynupyrousuii cospesanue stitiexnetku (PCC umu MPF —
maturation promoting factor).

Oxasanocs, 4to aToT (pakTop (6ymem HasbiBaTh ero MPF) mpucyTcTByeT B KjIeTKax
TOJIBKO BO BpeMs MUTOTHYECKOTO cOCTOsAHMA. OH 0OHAPYXMBaeTCA TAKXKe 1 BO BpeMs
npobnenus siuexnerku (puc. 25.5). Takum obpasom, ypoenb MPF B unTepdasubix
KJIETKAaX HU3KNI, @ B MUTOTUYECKNX BBICOKMUIL.

Jlanee 6bUIO HaliIEHO, YTO IMPYU VHDBEKINYU LMUTOIUIA3MbI M3 MUTOTUYECKUX K/IETOK
KY/IbTYpPBl TKaH! B HeCTUMYIMPOBaHHBI oonnT X. laevis, mpoucxomur cospeBaHme
oonyura. CirefoBaTenbHO, GAKTOP, CTUMYIMPYIOWNIT MUTO3 U (AKTOpP, CTUMYIUPYIO-
It CO3peBaHMe OOLYITOB — OJHO U TO Xe.

910t dakrop, MPF, 6b11 BbIfje/ieH 1 0XapaKTepu3oBaH. ITO TeTePOMEPHBIl KOM-
IIEKC, COCTOSIMI 13 OeKa IUK/INHA (CM. HIDKe) U 3aBUCHMON OT LIMK/IVHA IIPOTeVH-
knHasbl (Cyclin dependent kinase — Cdk), pepmenTa, otHocsAmerocs k pocdopunasam,
KOTOPBIT Mopuuuupyet 6enku, nepeHocs pocdarnyio rpynmy or ATD Ha aMUHOKMC-
NOTHI cepyH U TpeouuH. CrenoBarennbHo, MPF cocTont u3 ABYX CyObenMHNMI: KaTasu-
tideckoit (Cdk) u perynsaroproit (nukmms) (puc. 25.6).

2. UnknuHbl

LIuxanH 6bU1 06HAPYIKeH IIPY M3YYEeHUM BK/IIOYEHMsI MEYEHBIX aMUHOKVIC/IOT B CHH-
XPOHHO JIpo6sIIecs siiilia MOPCKOTo eXa. Bblyio 06Hapy>keHo, YTO B OHOM 13 6e/Ko-
BBIX IMKOB Ha 3/eKTpodoperpaMmMax MeTKa IEePUOFNYIECKN TO TOSIBSAETCS, TO MCUe-
3aeT: OHA MOSAB/ISUIACH [IOC/Ie KIETOYHOTO Jie/leHNs, IOCTEIIEHHO BO3pacTana K MUTO3Y,
a 3aTeM ee ypOBeHb IIafial IIoc/Ie aHa(aspl, ¥ IOTOM CHOBA HAauMHA/I BO3PACTATh B Cle-
nymoueit nHTepdase. IToT OenoK OblT Ha3BaH YUKAUHOM. OH ITOCTOSHHO CUHTE3UPY-
eTCs B TedeHVe SMOPIOHA/IBHOTO K/IETOYHOTO IIMK/Ia U Pe3KO Pa3pyIlIaeTcs Ipy BCTY-
wieHuy B aHagasy. [TIogo6HbIT MUTOTIYECKNIT IIMKINH B 6611 06HApyKeH Y Bcex ayKa-
puor, B ToM uncie n y X. laevis.



[nasa 25. Peaynayus KnemoyHo20 Yukna

337

Puc. 25.7. UuknupoBaHue B 6eCKNETOUHON cucTeme:

] — aKTVUBMPOBaHHaA ANLEKNETKa; 2 — BblfeneHHas L/Tonna3ma u3 akTMBMPOBaHHbIX KNeTok; 3 — fobasneHue Bbige-
NeHHOro Aapa; 4 — NHTepdasHoe AAPO B LMTOMa3Me GECKNETOYHON CUCTEMbI; 5 — MOABIEHUE MATOTIYECKON dUrypbl;
6 — o6pazoBaHue 2-x UHTepdasHbIX Afep; 7 — 06pa3oBaHMe 2-X MUTO308; 8 — 4 nHTepdasHbIx A4pa, 9 — 4 MUTOTUYe-
CKNX GUrypbl 1.4

B pannem amb6puoreHese, T.e. mpu apobneHun suy X. laevis, mepseie 12 meneHuit
UAYT APYT 3a IPYIOM IpM MMHUManbHON BenmnuuHe G, n G, meprnopos, 1 BO3pacTa-
Hue ypoBHs MPF nponcxoput Bo BpeMsi KaX/joro fiefieHus. VIHTtepecHo, 4To apobie-
HUe SUIT U UKIndecKie usMeHeHus akrusnoctt MPF nmpoucxomsar takxe 6e3 y4acTus
Afep. ITO 3HAUNT, YTO Aj1A NoABNeHM: akTuBHOCTH MPF He Hy>kHa TpaHCKpUIILIVA MH-
¢dopmannonnsix PHK. B aToT nepuoz Bce k1eTouHble O€IKOBbIE CMHTE3BI MAYT Ha JIOTI-
roxuByuyx MaTpuyuHbix PHK, cuHTe3poBaHHbIX ellle BO BpeMs POCTa OOLUTOB B Meli-
oTmveckoit mpodase.

Pacumdposka npupopnst aktuBHOCT MPF 6bl1a oyyeHa Ha MOJIe/IbHBIX 9KCIIEpU-
MEHTAaX C MCIO/NIb30BaHMEM LUTOIUIa3MATUUECKUX SKCTPAKTOB aKTUBUPOBAHHDBIX SAUI]
X. laevis. B aTux skcTpaxTax ObUIM BCe KOMIIOHEHTBI /IS MOJEP>KAHNs K/IETOYHOTO
IUK/Ia: pepMeHTBI U NpefnecTBeHHUKY i cuHTesa [THK, ructonsl u apyrue 6enku
U TMOUABL 17151 00pa3oBaHUs AePHON 060M0uKM, TakK ke Kak u u-PHK, Heobxonumas
IS CMHTe3a O€/IKOB, U B TOM 4MC/Ie IMKINHA B.

Ecimu kK TaKOMY 9KCTPAKTy U3 aKTMBMPOBAHHBIX sifiep [OOaBUTb XPOMATHH U3 CIiep-
mues X. laevis, To BOKpyr xpoMaTiHa obpasyeTcs siiepHast 000/104Ka, 3aTeM IIPONCXO-
mut cunte3 [JHK, crnemyer KoHjeHCcanmsa XpoMoCoM, paspylLIaeTcs AfgepHas 000I0uKa,
obpasyercss MUTOTHYeCKast GUrypa, M IOTOM HACTyIaeT MHTepdasa, u VKT HOBTOPSI-
eTcs uepes Kaxbie 20 muH (puc. 25.7). [To Mepe poxXoXIeH1s K&KIOTO I[UK/IA TIPOUC-
XOOWJIO CHada/la HapacTaHNe
uukauHa B B mHTepdase ma-
pa/UIeNIbHO BO3PacTaHUIO aK-
tuBHocTu MPE. B Murose no-
cne anadaspl KOMMYECTBO LIK-
xmmHa B n aktuBHOCTL MPF
Hajanm, T.e. IPOUCXOAVIIO Ly~

KIn4YeCKoe M3MEHEHME JIBYX ;

25.8). 11 LMKAMYecKme Bo3pactaHua yposHeit MPF (2) n unknuHa B (3) nocne aktu-
HapaMeTPpOB (pI/IC. 8). Tlo BaLMM XpomaTiHa crepmmuem (Xp), Npy 3TOM B KCTPaKTe 06pasyioTcs Mu-
M€pe BO3pACTAHMA YPOBHA  ToTUueckue dpurypb (1)

Puc. 25.8. iuHamuka MPF 1 unknuHa B UMTONNA3MaTUYECKUX IKC-
TpaKTax KCceHomyca:
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Puc. 25.9. Perynaunsa mutotu-
YeCKOro UMK/NHa B MOCTOAHHO
penawmxca  (LMKImpyoLmx)
KNeTKax SMOPMOHOB:

C — uuknuH B; Cdk — umknu-
3aBUCMMasn NPOTEeNHKUHA3a;
MPF — dakTop, cTumynupytoLmii
muto3; 1 — MeTadasa; 2 — no-
AMYOUKUTUHM3aUMA LuKnnHa B;
3 — ero perpagauus; 4 — nosg-
HAR aHadasa; 5 — Tenodasa; 6 —
nHTep®aza; 7 — HOBbIN CUHTE3 Ln-
KnvHa B; 8 — npogasa; 9 — Heak-
TUBHbI GENKOBbIV KOMMIEKC, CTU-
Mynupylolwmin aHadasy; 10 — ero
aKTBauma

MPF npu noseirennn aktrBHocty Cdk mpomcxopmma KoHIEHcAIuss XpOMOCOM 32
cueT pochopnnnpoBaHua KOHEHCUHOB U Tuctona H1, pacmap simepHoit 060m0uK mpu
¢dochopunupoBaHNM TaMIHOB, 00pa3oBaHue BepeTeHa JIeJIeHN, T.e. BCe aTpUOYThI MU-
TOTIMYECKOTO aIlliapaTa.

[TopaBneHne cuHTe3a OeKa IMKIOTeKCUMUIOM MK paspyiuenue Bceit nu-PHK c mo-
Mmoo PHK-a3bl nomHocThio canMano uukauky MPF u nuknuna B. Ecu noce meit-
ctBuA PHK-a3bl 1 npu nocnenyroieM ee yganeHun BBeCTy B 9KcTpakThl -PHK Tonbko
oA quKanHa B, To mepnopgmdeckue nsmeHeHnsA yposHeit MPF n nukmmna B Boccra-
HaB/mBawTcs (puc. 25.8). DTy JaHHBIE TOBOPAT O TOM, 4TO B crcteMe MPF Tonpko nu-
KIMH B cuHTe3Mpyercs B mHTepdase u ferpagupyer B aHadase. B To Bpems kak BTo-
POJl KOMIIOHEHT, a MMeHHO nportenHknHasa Cdk cymecTByer jonroe BpeMs 1 aKTUBM-
pyeTcs npu MoABIEHNY OVK/INHA B.

Herpapmanys nuknrHa B B aHadase BhI3bIBaeTCS CTIOXKHOI 1IETIOYKOIT O€/IKOBBIX B3a-
UMOJIENICTBUI, KOTOPasi MPUBOJUT K €r0 PAcCIlelUIEHNIO C TIOMOIIbI0 CTOXKHBIX OeKo-
BBIX IIPOTEOIUTUYECKUX KOMIIEKCOB — npomeocom. Kpome TOTo, B Ha4aJIbHBIX 3Ta-
Hax Jerpajaluy MUK/INHA YIacTBYeT CTIOKHBI OenkoBbiit kommiekc APC (koMmiiekc,
CTUMYIUPYIOLIUI aHa(basy), KOTOPBIJ He TO/NIbKO IOArOTAaBIMBaeT IUKINH K Jlerpajia-
LMY, HO OGHOBPEMEHHO NPUBOAMT K Jerpajaliyi KOre3HOB, YAep>KMBaIOIUX XpoMa-
THUJBL APYT C APYTOM BIUIOTD IO aHa(as3bl.

O61as cxema pery/siuy MUToTYeckoro unukanaa B u MPF B uknnpyrommx Kiet-
KaX MOXeT OBITb IIpeficTaB/IeHa Ha puc. 25.9.

3. PerynAauma KNneTo4yHoro UuKna y MaekonutamoLmx

Ha npegpimyieit cxeMe pacCMOTpPEHBI TOTIBKO KOHEYHbIE 3BEHbS IIeMV COOBITNI, 3a-
KaHUYMBAOMIVXCA fieleHneM kneTky. OfHaKo, KakK y>Ke TOBOPUJIOCH, [ie/ieHle KIIeTKM
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ob6s3aTenpHO cBsizaHo ¢ permmkanueit JHK. CregoBarenbHO, JOMMKHBI CYLIeCTBOBATD
MeXaHM3MBL, perynupymouue 3ammyck cuaresa JJHK, a sToMy mo/DKxHBI IpefiecTBOBaTh
cobbiTust G1l-nepuopa, MOAroTaBAMBaINMe Hadyano S—mepuopa. OKas3aaoch, YTO KOM-
wrekcel Cdk — MuToTMYeCKMit [UKINH B — 9TO TOBKO KOHEYHBIIT 9TAIl Pery/IaLum
K/IeTo4HOro umkia. Ha camoMm e fienie OT Havasa BXOKIEHUA B KJIE€TOYHBIN LMK JO
ero 3aBepllleHNs B KjIeTke paboraer Kackan koMmiurekcoB Cdk-myxmn. Tak, y gpox-
xeit oguH u ot xe Cdk oTBedaer 3a MpoxoXk/eHMe LIMK/IA, HO Ha Pa3HbIX ero CTafuAX
OH B3aMMOJIEJICTBYeT C PasHbIMM LIMKIMHAMMY, XapAKTePHBIMMU [ KaXKI0¥ CTaiuu Kle-
TOYHOTO LIMKJIA.

Y M/IEKOIMTAOLNX B peann3alyy BCEro LMKIIA YIACTBYIOT 9 PasINyHbIX [UK/INHOB
u 7 pasubix Cdk (puc. 25.10). Ho 4TO siB/IsieTCsI IyCKOBBIM MEXaHM3MOM J/Isl BXOXK/e-
HUA KIETOK B LIMKJI Y3 COCTOSIHUA NOKOS, 13 Gy-cTagyi? Mbl BUfieny, 4To Ajs aKTUBa-
UM KJIeTOYHOro IyKia oonura X. laevis HeoOxopyumMo nmepBoHavaIbHOE BO3/EVICTBIE
TOpPMOHA IIPOTeCTepPOHa, KOTOPBIN B IAHHOM CTy4ae ABJAeTCsA pakTopoM pocta (PP
wnn GF) wim nponudepannn.

BpIIo HaliJieHO, Y4TO CYIIeCTBYeT MHOXKeCTBO (PaKTOPOB POCTA, MOOYKAAIOIINX
KJIeTKM K pasMHOXeHMI0. OHM MOTYT ObITb COOCTBEHHBIMY IIPOJYKTAMMU JAHHBIX KJTe-
TOK (QyTOKPMHHAS CTUMY/IALNA) VI SPYTUX COCeNHMX (IapaKpMHHASA CTUMYJIANMA),
VIV JaXKe KJIETOK IPYTMX OpPraHoOB (ropMOHanbHasA ctumynanys). Hanpumep, dakrop
pocta u3 TpombouuToB (PDGF) ctumynupyet nponndepaluio KIeToK COefHNTEb-
HOJ TKaHM, srmpepmanbHelii ®P (EGF) ctumynupyer pasmMHOXXeHVMe MHOTMX TUIIOB
KJIETOK, paboTaeT KaK CUTHA/IbHBII O€/IoK Ipy aMOproHaabHOM passutuy; OP HepBoB
(NGF) BbI3BIBaeT POCT OT/ENbHBIX TUIIOB HEJPOHOB; SPUTPONIOITIH BbI3BIBACT IIPOTIN-
¢depanyio IpenIecCTBEHHNKOB 3pU-
TPOLUTOB U T.JI.

XopomuM IpuMepoM 3aBUCHMO-
ctu mponudepanuy KIeTok ot dak- 4
TOPOB POCTa MOTYT CIY>KUTb KJe-
TOYHbIE KY/IbTYpbL. BbTO HaiifieHo,
4TO /I Pa3MHOXKEHUsA MHOIUX KIle-
TOYHBIX KY/IbTYpP, KpOMe MNUTATe/lb-

HBIX Cpefl, HeobXomuMo [obaBite-

HIle CBIBOPOTOK KPOBU WINM 9MOpu-
OHA/IbHBIX 3KCTpakToB. OKa3anoch,

YTO MMEHHO B 9TUX H0OaBKax comep-
s)karca OP. bes HuX kl1eTku nepexo-

1At B Go-CTainIo, a 3aTeM MOTUOaoT.

Jnst pocTa HEpBHBIX K/I€TOK B KY/Ib- 3
Type TpebyeTcs fobaB/IeHne B Cpeny

¢axropa pocra HepBoB (NGF).

9tn pasuele PP cBaA3bIBaOTCA
Puc. 25.10. B KneTOUHOM LMKIe MIEKONMTAIOLMX YYacTBY-
Ha ITOBEPXHOCTI KIETOK CO CBOVIMI 41 hasnyyble LIMKNMHBI U LMKANH-3aBUCKMblE KHA3bi:

penentopaMm 1 ME€pefarnT CUTHAX 1 — umknuH O+ Cdk 4, Cdk 6; 2 — yuknue E + Cdk 2; 3 — umknuH
4yepe3 BTOPUYHBIE MECCEHJKEPhI A+ Cdk 2; 4 — umknux B/A + Cdk 1
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(nanpumep, tAM®) Ha cu-
CTeMy BHYTPUK/IETOYHOTO
KacKajla  IPOTeMHKNHA3
(docdopmnnas), cBsa3aHHBIX
C 3alyCKOM KJIeTOYHOTO
nuknaa. CHavana akKTUBU-
PYIOTCSL 2eHbl panHezo om-
eéema, GenKM KOTOPBIX UH-
AYLUPYIOT TPAaHCKPUIILINIO
T€HOB OMJIOMEHHO20 OMm-
éema, HEKOTOpble 13 HUX
caMI SABIAITCA GaKTOpaMu
TPAaHCKPUIILIMM, a TaKKe
UHAYLMPYIOT CHUHTe3 He-
kotopeix uykanHoB 1 Cdk,

Puc. 25.11. O6ujas cxema perynauum uMKkna sykapuotnueckoi kner- ~ KOTOPBIE OTCYTCTBOBAIN B
Ku: G,-nepuoge.

1 — c6opka AHK-pennmkatnsHbix komnnekcos; 2 — G, Cdk komnnekc nHakTu- Tax, BHayaje CUHTE3MU-
BupyeT APC (Komnnekc CTUMynmpyowmi aHa¢a3¥); 3 — G, Cdk Komnnekc ak- pyroTcs 6enkn Cdk u unm-
TmBmpyeT TpaHckpunumio Cdk kKomnnekca S-dasbl; 4 — G, Cdk komnnekc dpoc-
dopunupyet nHrnéutop Cdk Komnnekca S-pasbl; 5 — Aerpapauma 3Toro UH-
rnéuTopa; 6 — Cdk Komnnekc S-Gasbl aKTUBMPYET pennvkatieHble komnnek- Gy -CTagmu, 3aTeM I
cbl; 7 — mutotnyecknini Cdk KOMNNeKc akTUBMPYET KOHAEHCALMI0 XPOMOCOM, S-(l)asbl U TIOTOM MUIS MU-
pa3pbiB AfepHON 060104KN, COOPKY BepeTeHa fieneHus; 8 — akTuBMpoBaHue
APC; 9 — APC paspyLuaet aHadasHbI MHTMOUTOP, PACXOXAEHE XPOMOCOM B To3a (pMC' 25.1 1) ('HHH
aHadase; 10 — APC BbI3blBaeT ferpafaLiio MUTOTUYECKOTO LIMK/MHA C MOMO- KpaTKOCTHI GYILeM Ha3bI-

Lbto NpoTteocom; 11 — Tenodasa u LUTOKMHES BaTh KOMIIEKCBI LIVIK/ITHOB

¢ CDK: muxkmua G,;-CDK
npocto Kak G,-CDK, nuxaun Sy,,,-CDK xak S-CDK u 1.11.). B G,-cTagum xommnekc
Cdk-nuxmun (G,-CDK) dochopunupyer dpakTopbl TpaHCKPUNLNK, HEOOXO[UMBIE
JI/1 aKTUBAL[M SKCIIPECCUY TeHOB, OTBETCTBEHHBIX 32 00pa3oBaHe CMHTETYeCKOTO
komiuiekca S-CDK, kotopslit mocie 06pasoBaHys MHAKTUBUPYETCS CIIELMaTbHBIM
uHrn6uropom. B xonue G,-nepuoga kommnekc G,-CDK dpocopunupyet sTOT MHIM-
6uTop, KOTOpHI oTAenAeTcs oT KoMmitekca S-CDK, tem cambiM ero akTusupys. I1pn
3TOM B NepBoHauanbHOM KoMIuiekce G,-CDK nuxnmuH gerpagupyer. AKTUBUPOBAH-
Helit S-CDK xomnexkc nupynupyet S-dasy, pochopunupys 6enku peryasTopHOro
yuactka JHK, cBA3aHHBIX ¢ TOUKaMy Hadajia permianuu. Ilocie sToro NMKInH B
3TOM KOMIITIEKCe TaKKe fgerpaanupyer. Ilocne akTuBanun S-nepruopa NpoucXoanT pe-
nnukanua JHK. Bo Bpemsa S-nepnopa u B Havasne G,-nieprofa MpOUCXOANUT CUHTE3
HOBOTO, MUTOTHUYecKOro Kominekca, M-CDK (uuknuua B+CDK), onpenensioriero
BXOXJIeHMe KIeTKM B Muto3. OfHako 1o okoH4anus cuHresa JHK on Haxomgurcs B
HEaKTVBHOM COCTOSIHUM U aKTUBUPYeTcs myTeM pedochopummposanus. [Tocre ak-
TUBALMM 9TOT0 KOMIUIEKCa, OH y4acTBYeT B pochopuanpoBannm 6eIKOB XpOMaTHHA,
4TO NMPUBOAUT K KOHJEHCAI[UU XPOMOCOM, O€JIKOB JTAMUHBI, KOTOPbIE [elONIUMepu-
3YIOTCS, U IIPM 3TOM paspyluaeTcs sAfepHas obonouka, pochopunupyer pan Oen-
KOB, aCCOLIMMPOBAHHBIX C MUKPOTPYOOUKaMy Ipy 06pasoBaHNYU BepeTeHa JAe/leHMs.

K/JIMHBI, XapaKTE€pHbIE [
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ITocne acconmannum MUKpoOTpybOUeK
C XpOMOCOMaMM IIPOVCXOAMUT aKTU-

Bauysa APC (KoMIUIeKC CTUMYISALNN @ %23;

aHadaspl), gerpajgaunysi KOTe3MHOB,

BCJI€[, 3a YeM HAcCTyIaeT aHadasa, u

aKTMBalMUsA IPOTEONN3a MUTOTUYE- O . . @@ O O
CKMX IUKIMHOB (puc. 25.12). ITocne MO N B
pacxoXxXjeHus XpOMOCOM U LMTOTO-
Muu B paHHeM G,-mepuope crmenyro-  Puc. 25.12. Komnnekc ctumynauumn aHadasbl (APC) yua-

IIero IMKJaa HOBbIe KOMIIIEKCHI Gl_ CTBYeT B ferpagaunm UMKnnHa Bu VIHrV|6V|TOpa aHa¢a3‘

CDK Q)OC(i)OpMHVIpyIOT APC, MHAK- HOIo pacxoxaeHna XpomMmocom:

1 — MPF (ymnknuH B + Cdk 2); 2 — akTvBmpoBaHHbiii APC; 3 —
TUBUPYS UX, YTO CIIOCOOCTBYeT ,

pacnap aHadasHoro UHrMbuTopa; 4 — pacnag yuknuHa B. G,, M,
BIIOCTIE[[CTBUN HAKOIIEHUIO MUTO- M, A, T, G-dpasbl MUTO3a

TNYECKUX UUKINHOB.

4, KOHTpOﬂbeIe TOYKWN K/N1eTOYHOro LnkKna

Hanyuume KOHTPO/NBHBIX TOYEK B KJIETOYHOM I[MIKJIe HEOOXOMMIMO /ISl OIpefie/IeHNs
3aBeplIeHMs ero KaKpoil ¢as3pl. OCTaHOBKA K/IETOYHOTO I[VIK/IA IIPOUCXOAUT IIPY II0-
Bpexpennu [JHK B G,-nepuope, npu Henonsoit permmkauyu [JHK B S-¢ase, mpu mo-
Bpexxgenun [IHK B G,-niepuope, u Ipu HapyIleHUN CBA3Y BepeTeHa [ielleHNUsA C XpOMO-
comamu (puc. 25.13).

OZnHMM U3 KOHTPOJIBHBIX ITYHKTOB B KJIETOYHOM LIMKJIE ABJIIETCS COOCTBEHHO MIUTO3,
KOTOPBIII He TIepeX0oAnT B aHagasy Ipy HEeIPaBUIbHON cOOpKe BepeTeHa 1 Py OTCYT-
CTBUM TIOJIHBIX CBA3€Nl MMKPOTPYOOUYeK C KUHETO-
Xxopamu. B aToM ciryyae He IPOMCXOANUT aKTUBALIUN
APC-komIiexca, He IPOUCXOAUT Jerpajaluy Kore-
3JHOB, COEIMHAIONINX CECTPUHCKIE XPOMATHU/IBI, I
flerpafalyi MUTOTYECKIX LVIK/ITHOB, YTO He00XO0-
AUIMO JJIA1 TIepexoyia B aHadasy. [lo MOMeHTa CBS3BI-
BaHIA KMHETOXOpa ¢ MUKPOTPYOOUKaMM BepeTeHa
6enku Bad u Mad npensitctBytot aktusanuu APC-
KoMItekca. Kak TO/MbKO MMKpPOTPYOOYKM HOCTHU-
raloT KMHeTOXopa, Komiviekc Bad/Mad paspymra-
etcst v mpoucxomut aktuBauys APC (puc. 25.14).

Ilospexpennsa [JHK mnpenATcTByOT BXOX[e-
HIIIO KJIETOK B S-TIepYOZ /TN B MUTO3. 32 OCTAHOBKY

Puc. 25.13. KoHTponbHble TOYKK Kre-
B KJI€TOYHOM LuKyie cunreda IHK oTBe4aT mBe  1ounoro unKna:

ponctBenHble nporenHkuHassl ATM n ATR, xo-
TOpble Y3HAIOT IOBPEXAEHUA WA HEJOPEIUIUIIV-  [epxKa MuTo3a B aHadase); 2 — noBpex-
posanbie yuactku JIHK. ITpu sTom onu He Tonpko ~ AcHue AHK (sanepxka B G-nepuone); 3 —

1 — pedekTbl B 06pa3oBaHNN BepeTeHa (3a-

o noppexaeHne unnn HegopenanunposaHune
OCTAaHAaB/IMBAKT KJIETOYHbIN LVKJI, HO MOFYT HpO- JHK (3apepx«a B S-nepuope); 4 — To e (3a-

rpaMMUpPOBATh KJIETOUHYIO I'MOeb. fepxKa B G,)
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Puic. 25.14. KoHTponb 3a pacxoXaeHnem XpoMocom B aHadase:

a — npu oTcyTcTBUM CBA3M MT ¢ KuHeToxopom 6enku Bad v Mad npe-
MATCTBYIOT akTnBaLmmn Komnnekca APC 1 pacxoxpaeHnio XxpoMocom; 6 —
B HOpMe aKTMBMPOBaHHbIN Komnnekc APC B cBOlo ouepefb aKTuBMpyeT
cenapasy, paspyLuatoLLylo KOre3uHbl, YTO BbI3bIBaET PacXoxAeHne Xpo-
MOCOM;

1 — xpomaTtuabl; 2 — KNHETOXOPbI; 3 — MUKPOTPYOOUKM; 4 — KOTe3nHbI;
5 — Bad/Mad-komnnekc; 6 — HeaTuBMpoBaHHble APC; 7 — HeaKTMBMpO-
BaHHble cenapasbl; 8 — HePaCXoXAeHVe XpoMaTug; 9 — akTMBMPOBAHHbIN
APC; 10 — aKTUBMpOBaHHble cenapasbl; 11 — ferpafauma KoresviHoB 1
pacxoXAeHve XxpomaTng

MPF Ofl
T-’l p21 |—> [p21 |rJ—|—| G,G,

Puc. 25.15. OcTaHOBKa LMKNa B pe3ynbraTe HapyLWeHWsa CUHTe-
3a [IHK nnn ee noBpexpeHus, uTo BeLET K BO3PaCcTaHUIO CUHTe3a
6enka p53, KOTOpbIN B CBOK ouepefb MHAYLMPYET CHTe3 Genka
p21 — MHMMOUTOPa KNETOYHOTO LMKNa

ATM axTuBupyercs /iBOJ-
HpIMu paspbiBamy, ATR —
opuHouHbIMMK. IIpy aTom oHn
06e docopummpyrorcs u ak-
TUBUPYIOT JipyTMe KUHAa3bl
KOHTPOJIbHBIX TOYEK, HEKO-
TOpbIe BBI3bIBAIOT OCTAHOBKY
K/IETOYHOTO IMKIIA.

Ecmu sti noBpexieHns He
KaTacTpouyecKye U MOTYT
OBITb BOCCTAHOBJICHBI 3a CYET
penapatuBHoro cuHTesa JHK,
TO O/I0OK KJIETOYHOrO I[VKJ/Ia
CHMMAETCS, M LUK HOXOLUT
IO CBOero saseplieHus:A. Ecmm
ke nospexxaenns JHK sHaun-
TelbHbIE, TO KaKMM-TO 00pa-
30M HPOMCXOOUT CTabummm3sa-
U ¥ HaKOIUTeHme Oenmka p53,
KOHI[eHTpalus KOTOpPOro B
HOpMe O4YeHb HU3Kasd 13-3a er0
HecTabumpHOCTH. bBenmok p53
SBJISIETCA OTHUM 13 PaKTOPOB
TPAHCKPUIILNMN, KOTOPBI CTHU-
MynmupyeT cuHTe3 Oemka p2l,
ABJIAIOLIETOCA  MHIMOUTOPOM
xoMmiiekca CDK-1imknus. 310
IPUBOJUT K TOMY, YTO KJIETOY-
HBIII VIK/I OCTAHAB/IMBAETCs Ha
cramun G, wu G,. [Tpn 6rmoke B
G,-nepnofe KieTKa C MOBPeX-
menneM JTHK nHe BcTymaer B
S-¢asy, Tak kak 9TO0 MOIIO OBI
IPUBECTU K IOSBJICHUIO MY-
TAaHTHBIX KJIETOK, Cpefiyl KOTO-
PBIX MOTYT OBITH 11 OITyXOJIEBBIE

ketki. briokama B G,-Teprozie Taxke IpeoOTBpaliaeT MPOLecC MUTO3a KIeTOK C I10-
Bpexxpenusivu J[THK. Takne kmeTky, ¢ 67I0KMPOBAHHBIM KJIETOYHBIM IIK/IOM, B [Ja/IbHEN-
IIeM IorM6ar0T Iy TeM alloNnTo3a, IPOrpaMMIPOBAHHON K/IeTOYHOI rnbe (puc. 25.15).

[Ipy MyTanmsx, IPUBOASIILINX K [IOTEPE TeHOB OeKa p53 Mn Ipy UX M3MEHEHNsX,
6710Kabl KIETOYHOTO IMK/Ia He IIPOUCXOANUT, KJI€TKM BCTYIAIT B MUTO3, YTO IIPUBO-
T K TIOSIBTIEHNIO MYTAHTHBIX K/IETOK, OO/IbIIIAs YaCTh 13 KOTOPBIX HOKM3HECITOCOOHA
VIV YK€ 9aCThb U3 HUX JIaeT HaYajI0 37I0Ka4eCTBEHHBIM K/IETKaM.
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MyTn rubenn KneTok

1. Peakuus KneTok Ha NOBpexaeHue

Emge P. BupxoB cumTas, «4T0O BCe HAIIM IATONIOTMM HEOOXOAMMO CBECTH Ha U3MeHe-
HIIA B 97IeMEHTAPHbIX YaCTAX TKaHel, B KIeTKaxX».

MHor1e HapyleHus: HOPMaJIbHOTO CTPOEHNS Mn QYHKIUY K/IeTOK IPUHATO CUU-
TaTh MaTojorndeckumu (ot rped. logos — usydeHne u pathos — crpajanmue).

[Ipu 3HAaKOMCTBE C OCHOBHBIMM IIOCTY/IATaMM K/IETOYHOI TEOPUY, OTHNM U3 KOTO-
PBIX OBIZIO «KJIeTKa IPEACTaB/IAeT COO0 CUCTEMY CONPSDKEHHBIX (DYHKIMOHAIbHBIX
eIVHUI]», CTAHOBI/IOCH IIOHATHBIM, YTO HEJOCTATOYHOCTD IIPY TOBPEXKAEHNM TI000711 3
3TUX eVHUI JO/DKHO CKa3bIBaThCA Ha paboTe IPYTUX CTPYKTYPHO-(YHKIMOHAIbHBIX
KOMIIOHEHTOB (OpTaHeJUIbl, MY/IbTUMOJIEKY/IAPHbIe KOMIUIEKCHI, IIeTN MeXMOJIEKYIAp-
HBIX B3aMIMOJEVICTBMII U T.J.) ¥ Ha CBOJCTBAX KIeTKM B LenoM. IlosTomy mpu usme-
HEHUY KJIETOYHBIX KOMIIOHEHTOB, CIIOHTAHHBIX J/I/ BbI3BAHHBIX BHEIIHVMM BO3Jieli-
CTBMAMM, KJIETKM OTBEYAIOT LIe/ION FaMMOJ PeaKIVii, YaCcTb 13 KOTOPBIX HAIpaBJIeHa
Ha BOCCTAQHOBJICHVIE HAaPYIIEHNUI XXU3HEeATeTbHOCTI K/IeTKM (0OpaTiMble OBpPEXie-
HIA) WIN 5Ke BefleT K Pa3BUTHIO LIETHBIX CTPYKTYPHO-(QYHKIMOHATbHBIX HapyLICHMI,
JaCTO MMEIOLIX HeOOPaTUMBbII1 XapaKTep, BeAYLIVIL K I'Oe/ KIeTOK.

[Ipy4yHBI ATONIOTMYECKNX M3MEHEHNUI KJIeTOK O9eHb Pa3HOOOPA3HBI: OT BHYTPH-
K/IETOYHbBIX METaOO/INYeCKIX OTK/IOHEHMI (4acTO FeHeTIYeCKM e TePMUHMPOBaHHBIX)
T10 TPYOBIX PM3MYECKUX BO3/IEICTBUIL.

[Ipn MeTabOMMYeCKNX OTK/IOHEHMAX, KOTOpble MOTYT BBI3BIBATbCA U BHEUTHMMU
dbakTopaMu (XMMMKATbI, TOKCMHBI Pa3IMYHOr0 IPOUCXOX/ICHIIS ), MOXKET IIPOMCXONUTD
HaKOIUIEH)e B KJIETKaX HOPMa/IbHBIX SH/IOT€HHBIX BellleCTB (HAaIlpuMep, KMpa B K/IeT-
Kax IIe4eHM, OT/IOKeHVe O0e/TKOBBIX IPaHy/I B KJIeTKaX II0YE€YHBIX KaHaJIbIIeB) 13-3a M3-
MEHEeHMIT CKOPOCTY MeTabo/IM3Ma STUX BellecTB. Takoro TuIa n3MeHeHNs MOTYT OBITh
BPEMEHHBIMU ¥ OOBIYHO
ycTpansorcs (puc. 26.1).

ITaTonornyeckoro Tumna
HaKOIUICH!A B KJIETKaX HOp-
MaJIbHBIX SHJIOTEHHBIX Be-
I[eCTB MOXeT ObITb 00Y-
CTIOB/IEHO fleeKTaMu Me-
Tabonmsma, VIMEOIIIMI
TeHeTNYEeCKyl0 OcHOBy. Ha-
npumep, T.H. O0ne3HM Ha-

KOIIZICHNA, CBA3AHHBIC C M- a — HOpMaJibHaA KneTKa; 6 — HakonneHve XKnpa B KNneTkax neyeHn; 8 — Ha-
30COMHbBIMIN WN3MECHCHUAMMN, 6yxaHV|e KNeToK

Puc. 26.1. Mpuimepbl 06PaTUMBIX YNbTPACTPYKTYPHBIX U3MEHEHWIA
KINeToK:
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HOPUBOAAT K HeoOpaTuMbiM (HopMaM MATOTOTMUECKUX OTIOXKEHMII TUINAOB, YIZIEBO-
IOB I O€IKOB.

B KjeTkax MOTYT OTK/IafibIBaTbCs M HAKAaIUIMBATbCs SHIOTEHHbIE BEllleCTBa, KOTO-
pble He ToABepraTca GpepMEeHTHOI Jlerpajaliuyl VIN BbIBECHMIO 13 KJIETKN, KaK, Ha-
IpUMep, YaCTULBI YITIs1 (aHTPAKO3) MU KpeMHMs (CUINKO3).

K BHeurHnM ¢paxTopaM, BHI3BIBAIOLIVM [IATOTIOINYECKIE U3MEHEHNS KIIeTOK, HYXKHO
OTHECTM ILIeNblil psAf pusnuecKux (MexaHMYecKas TpaBMa, S9KCTpeMajIbHble TeMIlepa-
TYpbI, paialus, 3MeKTPUIECKUII 0K 1 fIp.), XMMIYeCKNX (6M0IorniecKme TOKCHHBI,
SITOBUTBIE COEIVMHEHNS, MHCeKTUIV/BI, TepOUII/BI, COMN TSKEIBIX MeTaJ/IOB, a/lIKo-
TO/Ib, HAPKOTYKI U JIp.) ¥ OMOIOrMYeCcKMX BO3AeicTBIIT (BUPYCHI, OakTepun). [Ipu atom
B IIEPBYIO OYepe/ib HapyLIAeTCs TOfepXKaHue [Ie/TOCTHOCTY KJIETOYHBIX MeMOpaH, OT
KOTOPBIX 3aBUCUT VIOHHBIN ¥ OCMOTUYECKIII TOMEOCTa3 KJIETKY, HapyIIaeTcs a3pobHoe
npixaHye 1 obpasoBanue AT®, cTpajjaeT 6€NKOBbI CUHTE3 I 1[e/IOCTHOCTD TeHeTHYe-
CKOTO aIllapara KJIeTKN. B 1je/1oM ke MOXXHO TOBOPUTb, YTO BEAYILIVIMY 3BEHbsIMIU B pas-
BUTUY KJI€TOYHOJ CTPYKTYPHOII IATONIOTUY ABJIAIOTCA NMOPaXKeHNA MeMOpaH U B Iep-
BYIO OYepeNib I1a3MaTIeCKoit MeMOpaHbl 1 MeMOpaH MUTOXOH/PUIL.

B Hacrosiiee BpeMsi yCTaHOBJIEHO, YTO M3MEHEHVsI MUTOXOHZIPMIL, TaK1e KaK OCBO-
O0XIeHe HEKOTOPBIX MUTOXOH/[PMATBHBIX OEKOB, paccesiHre TPaHCMeMOpaHHOI
PasHOCTM HOTEHIMANoB, 0Opa3oBaHue aKTUBHBIX ¢opm kucinopopa (ADK), Hapymre-
HII€ 37IEKTPOH-TPAHCIIOPTHOI ey 1 mafieHne cuHteda AT® yuacTBYOT 1, BOSMOXKHO,
OIIpefie/AI0T pas/IMyHble aCIIEKThI TATOTIOTUNU U IOV KIeTOK.

IIuronorndeckue (Mopdo-pyHKIMOHATbHBIE) IPU3HAKU KJIETOYHOI IaTOIOTNM 00-
HapY>KIBAKOTCA He Cpasy IOC/Ie efiCTBMA MOBPEX/ALINX areHToB. Mopdonornye-
CK1ie I3MEeHEeHNsI BBISB/ISIIOTCS TOIBKO IIOCTIE TOTO, KaK HAapYIIeHNUs CUCTeM KJIeTKH IPo-
XOIAT KPUTUYECKUII YPOBEHb, IpUYEM pasBUTHE MOPQOIOTNUECKUX IPU3HAKOB He-
00paTMMOro MOBpPEXAEHNs 3aHNMaeT OOJIblile BpeMeHM, YeM IOsIB/IeHNe 00paTHMBbIX
VI3MEHEHUI.

Kak y>ke roBOpMIOCH, eC/u AeiiCTBYs ITOBPEXAAIINX GaKTOPOB OYAYT HETTYyOOKN
VIV KPaTKOBPEMEHHBI, TO KJIeTKM, HECMOTPSI Ha LIeJIbIIl PAJ CTPYKTYPHBIX IaTONIOTH-
4eCKMX M3MEeHEeHUII, MOTYT HOPMa/IM30BaTbCs 3a CYET BHYTPUK/IETOYHbIX PeIlapalyioH-
HBIX IIPOL[ECCOB.

IIporecc pasBuUTHs MATOIOTNYECKOTO (60/IE3HEHHOTO) COCTOSIHMA K/IETOK He IIpo-
VICXOIUT OfHOMOMEHTHO (eC/i, KOHeYHO, He OpaTh C/Iydayu KaTacTpopUIecKoit CMepTi
KJIETKM IIPU IeVICTBUYM BBICOKOJ TeMIlepaTyphl MM pe3Koro obesBoxkuBauus). [lpu
[eViCTBUM HeOIaronpusATHBIX YCIOBUII KIeTKa OTBEYAeT Cepleli IMOCTIeS0BaTeTbHbIX
CTPYKTYPHO-(YHKI[MOHATBbHBIX U3MEHEHU, CTETIEHb TSDKECTI KOTOPBIX U OLIpeensieT
Cynbp0y KJIeTKV — BBDKUTD VIV HOTMOHYTb.

Ha cxeme (puc. 26.2) noKasaH IpyMep MOC/IE0BATeIbHBIX BHYTPUKIETOYHBIX CO-
OBITHIT TPV UIIEMUYECKOM OPaXKeHNU KPOBEHOCHOTO cocypa. IIpekparieHine focTyma
KIUCIOpOfia K/IeTKaM IIpY MIIeMUM HPUBOAUT K LIeJIOMY KacKaly M3MEHEHMII K/IeTOY-
Horo Metabonuama (magenne cuaresa AT MUTOXOHAPUAMM, HaOyXaHME LIUTOIIIA3MBI,
BbIxoft noHOB K 11, Hao60poT, Brop>kenne noHoB Na*u Ca’* 13 BHelIHel cpefpl, Habyxa-
HIe MeMOpPaHHBIX KOMIIOHEHTOB BaKYO/LIPHON CUCTEMBI, 3aKVC/IEHNE IIUTOIIa3MBbl, I1a-
JieHUe CHTe3a, KOH/ICHCALUA XPOMaTIHA U T.1.).
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Puc. 26.2. O6patumble (a) n HeobpaTUMble (6) BHYTPUKIETOUHbIE MPOLECCHI MPU ULWEMUYECKOM HEAOCTAT-
Ke Kucnopoga:

] — nnasmatnueckas MembpaHa; 2 — milemmiecknii Hegoctatok O,, 3 — HabyxaHue MUTOXOHAPWIA; 4 — NafeHie paboTbl
K*/Na*Hacoca; 5 — Mputok Ca*, H,0, Na*; 6 — HabyxaHune KNeTKu 1 BakyonspHom cuctembl; 7 — SMP-oTcnoeHne pubocom
1 NafieHne CnHTe3a 6enka; 8 — OTNOXKEHVEe NNUAOB; 9 — BO3pacTaHue MuKonm3a; 10 — nageHue KnetoyHoro pH; 171 —
pacnag r1KoreHa; 12 — KOHAeHcaLs XpoMaTHa; 13 — noBpexaeHre MembpaH; 14 — ocBOOOXeHVEe 1 akTUBaLWA k-
30COMHbIX MPONas; 15 — aerpagaums 3NeMeHTOB LUUTOCKeNeTa 1 MeMbpaH; 16 — 0CBOOOXeHVe HEKOTOPbIX GpepmeH-
TOB; 17 — pa3pbiB MeMbpaH MUTOXOHAPUIA; 18 — Bbixoa Ca®* 13 MuTOoXOHAPUIA; 19 — NageHne 6a3odpunnm, Kapruoan3nuc

(M3m. Cotran R.S., Kumas V., Collins T., 1998)
T — poct aktueHoCTY; § — nageHue akTMBHOCTM

[Tpn oOparMMOM HOBPEXIEHMM KJIETKM BBINIANAT HAOYXIIMMHU, MX 00BeM He-
CKOJIBKO yBe}H/I‘IeH, IIPOMCXOANT VN BTATYIBaHME HUTOIIA3MAaTNYECKMIX BBIPOCTOB (Ha-
npuMep, NceBRONOANiT prbépo6/IacTOB 1 JIEKOLNUTOB) WU, HA0OOPOT, NOSABJIEHNE Ha
HOBEPXHOCTY KJIETOK BbINykKIoCTeit. [Iponcxoput HabyxaHye BceX KOMIIOHEHTOB Ba-
KYOJISIPHOJI CHICTeMBI, HO 6e3 pa3pbIBa X MeMOpaHbl; mafaeT 6230y [UTOIIa3MBbl.
Pu6ocomsr TepsioT cBa3b ¢ IIIP, anepHas 060/104Ka pacmnpseTcs, MUTOXOHPUY Ha-
OyXaloT, HOSB/IAIOTCS ayTOParocoMpl. B HadambHBIX CTaAMAX TOBPEX/EHVISI XPOMATIUH
HECKOJIbKO KOHJEHCUPYETCs, SIAPBIIIKY TePSAI0T MHTEHCUBHOCTD OKPACKN. 3HAYUTEIBHO
M3MEHSIeTCs IINTOCKeTIeT: MUKPOTPYOOUKM 1 MUKpoduIaMeHThI pasbuparorcs. Hanbo-
Jiee CTaOM/IbHBIMU SABJISIOTCS IIPOMEXYTOYHbIe (pumamMeHTsI (puc. 26.3).

OnHaKo 9T M3MeHEeHNUs MOTYT ObITb 0OpaTHMBIMI, €C/IV He IIPOM30IAYT JabHel-
mye rIy0OKue HapyIIeHNUs L[eIOCTHOCTYU IUIa3MaTU4eCcKOil MeMOpaHBbI, IIpeKpalao-
mye paboty K*/ Na*-Hacoca, eciu He IpOU30IiIyT HeOOpaTUMble OBPEXACHNA MEM-
OpaH MUTOXOH/IPUII ¥ IU30COM, TU/PO/Ia3bl KOTOPBIX MOTYT M3/IUTHCS B I[UTOIIA3MY.
BaskHoe ycroBue 06paTuMOCTH KIETOUHBIX IOBPEXICHNIT — LIeIOCTHOCTb ay TOPEIpO-
IYKLVOHHOJ aKTUBHOCTY AJEPHBIX KOMIIOHEHTOB.
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Puc. 26.3. CxemaTnyeckoe 1U300paxeHve YnbTPacTPyKTYpbl HOPMANbHO KNeTKM (a), npu obpatumom (6) n
HeobpPaTIMOM (8) MOBPEXAEHNN, N3UC KNETKU (2):

T — VHTaKTHOe AAPO; 2 — KOHAEHCALMA XPOMaTWHa; 3 — Auccoumauma pubocom; 4 — HabyxLime MATOXOHAPUY; 5 —
NM1KHO3 AAPa; 6 — aKTMBaLus ayTodarui; 7 — NU3UC AAPa; 8 — paspblB KNETOYHbIX MeMOpaH

Beino HaiifieHo, 4TO Ha pasHOOOpasHble HAKTOPHI IPK 0OPATUMOM MOBPEXXAEHNUN
KJIETKJ OTBEYAIOT OTPAaHMYEHHBIM 4JC/IOM HecreludryecKux u3MeHeHnit. B ceeroBom
MUKPOCKOIIe TPV HaO/TIOfIeHNN 32 )KMBBIMM K/IeTKaMy ObLIO BUJHO, YTO BHE 3aBUCHMO-
CTU OT IPMUPOABI (paKTOpa KJIETKN OTBEYAIOT YBEINIEHEM CBETOPACCesHIA B TEMHOM
I071e, YTO TOBOPUT 00 yBeTMYeHNN JaCTUIL] IUTOIUIa3Mbl (HalIpuMep, BaKyoseil) 1 ux
gicrna (3a cueT pparMeHTanyy 6oee KPyIHbIX).

XapakTepHOIT OOIeK/TIeTOYHOI peaKiyell Ha MOBPeX/eHNe ABJIAeTCA 3MEeHeHe
CIIOCOOHOCTM KJIETKM CBS3BIBATb pas3/MYHble KPacUTeIU. TaK, HOpMalbHble KIE€TKK
MOT'YT IIOITIOIIATh M3 BHEK/IETOYHON Cpefibl PaCTBOPEHHbIE B Hell KpacuTeny (Hampu-
Mep, HeJITPa/IbHBI KPACHBIN M/ METUIEHOBBIJ CUHMII IIPY OY€Hb HU3KUX KOHLIEHT-
pauysx). Takoe IpyyKM3HEHHOE, BUTAIbHOE OKpAIMBaHMe IPUBOANT CHavyasIa K IIpo-
HIKHOBEHNIO KPAacuUTeNA B KIETKY, a 3aTeM (M/IM OfHOBPEMEHHO) K COOMPAHNIO Kpa-
CUTeNIsl B BUJe TPpaHy/l. Takoe rpaHy/1006pa3oBaHye IPOUCXOANUT B LIUTOIIA3Me, SIAPO
P 9TOM ocTaeTcs OecBeTHBIM. [Ipy MOBpex/jeHNM KIeTOK MHOTUMY (PU3NIEeCKUMMU
(HarpeBaHue, JaBJIeHNe) VIN XUMUYecKuMn ¢akropamn (nsmeHenne pH cpensl, fo-
6aBjIeHMe CIIMPTA WIM KaKOTO-/1M00 IHOTO IeHATYPUPYIOLIEro areHTa) IpeKpaliaeTcs
rpanynoo6pasoBaHue, UUTOIIa3Ma U AAPO AUPPY3HO OKpPAIIMBAIOTCA IPOHMUKIINM
B KJIeTKY KpacuteneM. Eciu feiictBue dpakropa o6paTtumo, T.e. eCay Py CHATUY ero
KJIeTKa BO3BpAIlaeTCs K HOPMe, TO BOCCTAHAB/IMBAETCA €e CHOCOOHOCTDb K I'PaHYJIO-
00pas3oBaHNMIo.

9T0ro0 poza Hab/IOeH VS IIPUBE/N K BBIBOAY, 4TO 9TV MOP(}O-PyHKIIMOHATbHBIE II0-
Ka3aTe/ MOBPEXIEHV BOSHUKAIOT CTEPEOTUITHO, BHE 3aBUCHMOCTY OT IIPUPOJBI Kile-
TOK M/IM OT TUIIa TIOBPEXAAIOIEro BO3AecTBYs. Takoil MOHOTOHHBIN Hecnenudude-
CKMIT XapaKTep OTBETHBIX peaKIyii KIeTKM Ha pasnyHble MOBpexaane GakTopst
MOXXET CBUACTENbCTBOBATH O Ha/IM4YNM KAaKUX-TO 06H_U/IX IIpO1I€CCOB, BbI3bIBAIOLINX
pasBUTIE CXOIHBIX OTBETOB K/IeTOK. IIpy 9TOM B KJIeTKaX BCer/ja 3HaUNTE/IbHO MajjaeT
okucnutenpHoe pocopummposanue: mpekpaigaercs cuares AT u pacrer norpebie-
HUe Kucnopopa. [/ IOBpeXXIeHHBIX KIeTOK XapaKTepHO BO3pacTaHue IIMKOMUTIYe-
CKMX IIPOLIeCCOB, MafieHne KomdecTsa AT®, akTuBamys nporeonusa.

B Mopdornornyeckom OTHOIIEHNN peaKIy KJIeTOYHbIX KOMIIOHEHTOB TAaKKe He OT-
NYAI0TCSA pasHooOpasueM (puc. 26.4). Tak, Hanboee YaCTHIM M3MEHEHVEM CTPYKTYPbI
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sAfipa SABIAETCA KOHJEHCAIVs
XpOMAaTMHA, YTO MOXET OTpa-
JKaTb TAfleHMe AfIePHbIX CUH-
TeTUYECKUX ITPOI[ECCOB.

VHTEepecHo TO, 4YTO COBO-
KYIHOCTb 3TMX OTZEIbHBIX
CYOMMKPOCKOIIMYECKUX M3Me-
HeHI/H/uI KJII€ETOYHbIX KOMIIOHEH-
TOB MOXXeT OBbITb O4YeHb O/u3-
KOJ1, He3aBJMCUMO OT IIPUPOJIBI
KJIETOK U OT a/IbTepUpPYIOIIETO,
moBpexxariero ¢akropa. Ha-
npumep, HabyxaHue MUTOXOH-
IPpWIi I BaKyOJIeN LU TOI/Ia3Mbl
MIPOMUCXOANT B KJIETKAX ITeYeHN
IIpY pa3INYHBIX OTPaBICHUSIX
OpraHM3Ma; CXOfIHble M3MeHe-
HIS TIPOVUCXORAT B CEPHEYHON
MBIlILe Tpu MHOAPKTE WU
IIpM OCTPOM HEOCTaTKe KMUC-
7opofa.

Takasgs OMHOTUIIHOCTb, MO-
HOTOHHOCTb CyMMapHOI‘O OT-
BeTa KJIeTOK Ha IOBPeXJeHNs
mama 6asy mIA IpefIoioxe-

HIUsI O TOM, YTO B OCHOBE pe-  Puc.26.4. CxemMa OCHOBHbIX NaTONOTMYECKX U3MEHEHUIA KNEeTOY-

aKIMI >KMBOJM IIPOTOIUIa3Mbl ~ HbIX OpraHen:
JIOKAT KaKOW-TO €NUHBIII MO- | —nnasmatnyeckas mem6paHa; 2 — MUTOXOHAPMM; 3 — NOANCOMbI; 4 —
. NM30CoMbl; 5 — Appa; 6 — Annapat lonbgxw; 7 — rpanynapHbii SMP; 1.
HeKYHHprII/I mexaHnsMm. Co-

MaTonornyeckne dopmbl Afep (KapronukHo3, HabyxaHve, KapUOPeKCHC,
BOKYIIHOCTDb HeCHeLU/I(bVI‘ie' Kapuonusuc, anontos); Il. VismeHenus SMP; Ill. i3smeHeHus AT; IV. BbipocTbi
CKUX 06paTI/IMbIX V3MEHEHUIT  nnasmatuyeckoin membpanbl; V. Qopmbl nn3ocom u aytodarocom; VI. Ma-

Tonornyeckune popmbl MutoxoHapui; VIl. IameHeHHble AapbILKK
IONTOIVZIa3MbI, BO3HMKAOIINX ¢ P AP AP

0J] BO3/IENICTBIEM PA3/IMIHBIX
areHToB, ObIIa 0003HAYEHA TEPMUHOM «ITAPAHEKPO3».

Pa3BuTIE IIATOIOTMYECKOTO MPOIlecca B K/IETKAX MOXKET OCTAHOBUTHCS IIOCTIE CHS-
TVs1 HeOTarompUsATHOTO BO3/eCTBIA. EC/IM M3MeHeHNs B K/IeTKe He 3aIIN C/TUIIKOM
Jla/IeKo, MO>KET IIPOM3ONTH perapanysi KIeTOYHBIX OBPEXIEHMIT, BO3BPAT KIETKM K
HOpMa/IbHOMY (DYHKIIMOHANTBHOMY YpOBHIO. Tak, B L[eJIOM psifie ClIydaeB IOBpPEeXJe-
HMsI K/IeTOK, CBsI3aHHBbIE ¢ HaOyXaHMeM MMUTOXOHAPUIT U ¢ (pparMeHTaIell PeTUKY-
JTyMa, OKa3bIBAIOTCsI 06paTuMbIiMit. JacTo MMpoliecchl BOCCTAHOB/IEHVISI BHY TPUK/IETOY-
HBIX CTPYKTYP Ha3bIBAIOT K/IETOYHOIT pereHepanueii. K coxxaneHuto, mogpo6bHo BoccTa-
HOBJIEHME OT/[E/IbHBIX KIIETOYHBIX KOMIIOHEHTOB €llle He TPOociexeHo. [lokasaHo, 9To B
K/IeTKaX IePEXUBILINX CTPECCOPHBbIe BO3EIICTBIS, aKTUBU3UPYETCsI ayTo(darocoMHast
cucTeMa, MPOMCXONUT KaK Obl «IMCTKa» IUTOIUIA3MbI OT HOBPEKIEHHBIX K/IETOYHBIX
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KOMIIOHeHTOB. [IpoucxXoguT BoccTaHOB/IEHME BAaKYOISAPHON CUCTEMBI 33 CYeT aKTUB-
HocTy rpanynapHoro DIIP. HabmogaeTca ¢pparmMeHTanys mwin pasMHOKeHVe MUTOXOH-
npuil. KoHjeHcMpOBaHHbIIL O 9TOr0 XPOMATHH Apa PaspbIX/LAeTCs, SIAPBIIIKY Haul-
HAIOT YBEIMYMBATbCA B Pa3Mepax.

Penapanys k1eToK MO>KeT ObITb IOTHOI, KOTJJa BOCCTAHAB/IMBAIOTCS BCEe CBOVICTBA
TAHHBIX K/IE€TOK, M/IM HEIOMHOM. B mociegneM ciy4ae nocie CHATYA AeViCTBUA MOBPEX-
faomero GpakTopa, KJIeTKM HOPMaIM3YIOT Lie/Iblil P PYHKIUIL, HO Yepe3 HeKOTOpoe
BpeMs, y>ke 6e3 BCAKOrO BO3/IeICTBIA, Morn6aT. OcoOO6eHHO YacTo 3TO HabmogaeTcsa
Ipy HeoOpaTUMBIX IOBPEXJEHUAX KIeTOYHOro sAnpa. Hampumep, nmocne o6mydeHns
yIbTPaMONIeTOBBIM CBETOM HEKOTOpble MH(Y30pUM BOCCTAHABIMBAIOT CBOM JIBUTA-
Te/IbHbIe (PYHKIUY, Y HUX HOPMa/IbHO PabOTAIOT PeCHIYKY, COKPATUTEIbHAS BaKyOJIb,
OHM MOTYT IIOIJIOMIATD HNINY, HO Yepe3 HeKOTOpOe BpeMsA OHM IOrubaioT 13-3a mopa-
JKE€HUA AJEPHBIX CTPYKTYP.

[Tpu Heo6paTMOM HOBPEXAECHNY KIeTKM I'MOHYT. [laTh OlpesiesieHrie MOMEHTa KJle-
TOYHOI CMEpPTM OYeHb TPYHHO (TaK e KaK ¥ IIPU CMePTH IIeJIOT0 OpPraHu3Ma), TakK Kak
yMUpaHue — 3TO He OJHOMOMEHTHOe sIBJIeHNe, a Ipolecc. [Ipyu HeoOpaTMOM IOBpex-
[eHNV Pa3BOPAYNBAETCS LETIBII PAJ MOC/IeTOBATEIbHBIX COOBITHI, IPUBOAAIINX K Pa3-
PYLIEHMIO K/IeTOK. B caMoM Havasie M3MeHeHMsI K/IeTOK MOTYT MIMeTb XapaKTep 00pari-
MBIX, IIAPAHEKPOTUYECKMX, OT/IIYNE JINIID B TOM, YTO IIOC/IE CHATUA BO3JEIICTBIUA OHM
He JICYe33aI0T, a MPOrpeccupyroT. XOpoUIM IPU3HAKOM TaKOTO COCTOSHUA K/IEeTOK fB-
JIIeTCA UX CIIOCOOHOCTD M1 Py3HO OKpaMIMBaAThCA. SIBHBIN IPU3HAK I'MOEIN KIeTKN —
3TO aKTUBU3AIVA BHYTPUKIETOYHBIX TMAPONUTIYECKUX PepMeHTOB. OHM aKTMBU3M-
PYIOTCS B TMA/IOIIa3Me M HAUMHAIOT paclielieHye 6elKOB, IUINAOB U [ip.; IPU 3TOM
paspyLIaloTCs BHYTPUK/IETOYHbIe MeMOpPaHBbI, B TOM YMC/Ie ¥ MeMOpaHbl 1130coM. Bee
9TO NPUBOAUT K aBTOIN3Y, CaMOII€peBapMBaHNIO KIETOK, HO 3TO y>Ke IOCMEPTHBIE 13-
MEHEHMA.

Cy1iecTByeT HECKOIBKO ITyTell, IPUBOAAIMX K KIeTo4Hoit rubemu. [lo 1972 . cun-
TaI0Ch, 4TO K1etouHas rubens (KI') ocyujecTsisercs mo ofHOMy IIyTH — IIO ITyTHU He-
Kpo3a (OT rpeu. necrosis — MepTBBIIT), ABJIAIOIETOC ITACCUBHBIM OTBETOM Ha IIOBPEX-
Jarolyie CTYMYIIBL. [lanbHelime uccaefoBaHyA IpuBeu K 60J1ee IeTanbHOI Knaccnu-
kanyy TnnoB KI, ocHoBaHHOI Ha MOP(OIOTMYeCKIX, OVIOXMUYIECKVX Vi T€HeTUIeCKIX
XapaKTepUCTMKaX M3MEHEHMII Aflep, TUTOCKeNeTa, OpraHe/lI M MIasMaTUIecKOoil MeM-
6panbl. [TosABUIOCH TpefiCTaB/IeHNe O HECKO/IBKIX TUIIAX NPOZPAMMUPOEAHHOLL 2ubenu
xnemox (IITK), Takux kak anonmos, vy IITK I Tuma, kak BAapMAHT AIOINTO3a «MUTO-
THYecKas Karactpodar, aymogazus, vy IITK II Tuna, Hekposonopo6Has mporpam-
mupyemas rubenp kiaetku III tuma.

2. Hekpos

Ecnmm noBpexxzieHne KIeTOK CTAHOBUTCS HEOOPAaTMMBIM, TO IIPOVICXOLUT Ja/bHel-
HIee pasBUTHE pacHajjda BHYTPUKIETOYHBIX KOMIIOHEHTOB, KOTOpOe B KOHIle KOHIJOB
OPUBOJUT K JIM3UCY — pachajly, PACTBOPEHMIO KIeTOK, K HeKpo3y. MHorue uccnenosa-
Te/IM CUNUTAIOT, YTO HEKPOTMUYECKOE COCTOSIHNME K/IETOK — 3TO IIOCMEPTHBIE ISMEHEeHNs],
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IPOrpeccUpyIole CTa/IUY Paclazia KIeTOYHBIX KOM-
noHeHTOB. Hekpo3 — Haubonee o6buias gopma Kie-
TOYHOII r'16en, BOSHUKAIOLIEN B pe3y/ibTaTe pasind-
HBIX 9K30T€HHBIX BO3JIEMICTBUI U CTPECCOB, TAKUX KaK
UIIEeMMSI, XUMUIecKue 1 GusndecKue mopakeHusl.

ITOT BUJ, KJIETOYHOI CMEPTH OOBIYHO CBSI3bIBA-
eTCsI C HapylLIeHUeM BHYTPUKIETOYHOTO TOMeOoCTasa
B pesy}IbTaTe HapYIHeHI/IH HpOHI/IHaeMOCTI/I KJIeTOY-
HBIX MeMOpaH, MPUBOMASLIMM K M3MEHEHUI0 KOHIIeH-
TpaLuM MOHOB B KJIETKe, C HeOOPaTMMBIMU VM3MeHe-
HUSIMU MUTOXOH/IPUIT, YTO Cpa3y MPUBOANT K ITPeKpa-
LIeHNIO BCeX >KIM3HEeHHbBIX (byHKuI/H?I, BKJ/IIOYas CMHTeE3
MakpoMoyeKyl. Hekpo3 BBISBIBAIOT IOBPEX/EHNUA
IUTa3MaTHYeCKOil MeMOpaHbl, MOfIaBlIeHe aKTUBHO-
CTM MeMOpaHHBIX HacOCOB IIOf] [IeJICTBMEM MHOTUX
S7I0B, a TAK)Xe HeOoOpaTMMble M3MEHEHUs SHEPTeTUKY
IpY HeoCTaTKe KMCIopopa (Ipy MIIeMUM — 3aKy-
IIOpKe KPOBEHOCHOTO COCYZa) VI OTPAaB/ICHUM MU-
TOXOH/IpMa/bHBIX (PepMEHTOB (HampuMep, JeiiCTBIe
uanuaos). [Ipu 9TOM Tpy MOBBIIIEHUN MPOHUIIAe-
MOCTH ITa3MaTN4eCKOil MeMOpaHbI K/IeTKa HabyxaeT
3a c4eT ee OOBOJHEHMVS, B LIUTOIIa3Me IIPOVCXOJUT
yBeIM4YeHne KOHLeHTpauuy MoOHOB Na* i Ca?", 3akuc-
JIeHVe IMTOIUIa3Mbl, HaOyXaHMe BaKyO/IAPHBIX KOM-
IIOHEHTOB U paspbIB X MeMOpaH, peKpalleHue C1H-
Te3a 6e/IKOB B LIUTO30JI€, 0CBOOOXKIEeHIIE TN30COMHBIX
ruapomnas u musuc Knetku. OMHOBpEMEHHO C STUMM
M3MEHEHNMAMMN B LIUTOIIIa3Me U3SMEHAIOTCA U KIeTOY-
HbIe sifipa: BHaYa/Ie OHY KOMITAaKTU3UPYIOTCS (IIMKHO3
Anep), HO IO Mepe HaOyXaHMs sijpa ¥ paspblBa ero
000/I0UKI TIOTPAHMYHBII C/TOJ XpOMaTHHA paciaja-
€TCs Ha MeJTIKIe MacChl (KapMOPEeKCHC) a 3aTeM HaCTy-
IaeT Kapuonmslc — pacTBopeHue sappa (puc. 26.5).

XapaKTeprIM 1A HerO3a ABNIACTCATO,YTO 3TUM
M3MEeHEHMsIM TIO[[BEPTalOTCs He OT/ie/IbHble KIEeTKI,
a TpymIbl KIeTOK (MH(}APKT, 0XKOT, JIydeBble IOpa-
JKeHMsI, TOKCMYECK)e IIOpakKeHWMs, MeXaHudeckas Puc. 26.5. [locnefosatesnibHble CTa-
TpaBma). [Ipu paspylieHnu KIeTOK B pe3y/bTare Ta- ﬁm HV;'\;E';:"”"H CTPYKTYp®I K€tk
KIX «KaTacTPOPUUIECKUX» MOPAKEHUI 0OHAXKAIOTCS | wopmanswan kneTka: 2 — Habpa
BHYTPUK/IETOYHbIE AHTUTEHBL, BBISBIBAIOINE PABBU- e wnetkw, KoHIEHCALMA XPOMATHHE —
TIe BOCIIA/IUTEIbHOM PeaKIVy, COIPOBOXK/IAIOLIENCA  NuKHO3 Afpa; 3 — fanbHeilliee Habyxa-
MHBa3Mell KIeTOK, YHMYTOXAIOMNX OCTaTKM HeKpo- 1€ BaKyONAPHOI CUCTeMbI, KapropeKkcyc

ALpa — pacnaj XpomaTiHa Ha rbloKi; 4 —

TU3UPOBABILINX KJIETOK M Y4aCTBYIOIIUX B 006pa3oBa-

pa3pbiB MeMOPaHHbIX KOMMOHEHTOB — /-
HUN py6uOBOI7[ TKaHMU. 31C KNETKM, Kapronnsnc
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3. MporpammmnpoBaHHas KneTo4Hasa rnbenb:
anonTos, aytodarus u ap.

ITop mporpaMMupoBaHMeM IOJpasyMeBaeTcsl 3aKOHOMEpHas aKTMBallMA oIpefie-
JICHHBIX T€HOB, KOIMPYIOMIMX O€/IKN, KOTOpbIe OTBEYAI0T 3a IIPOIecC rnbey KIeToK, 3a
ee yHIYTOXeHe. VI3BeCTHO HeCKOIbKO IIPOrPaMM K/IeTOYHOI I'M6en, OTINYAIOIIXCs
He TO/IBKO MOJIEKY/IIPHBIMM ITPOLIeCCaMy, BeYIMMM K T0eu KIeTOK, HO ¥ MOp(oIIo-
IMYEeCKMMU NIPU3HAKAMIU CAMOYHIYTOXKEHMA KJI€TOK.

AnonTto3

Armontos (0T rped. apoptosis — «OTIaeHe», ONMICHIBAOIee TUCTOMA], VI OTIIa-
JieHue JIETIeCTKOB 1IBETKOB) — I'MOe/Ib KIeTOK Iy TeM UX parMeHTaluy U faibHelIIes
merpapaunu (puc. 26.6). B oTmdme oT Hekposa anonTo3y MOABEPraloTcs He O0JbIie
TPYIIIBI KJIETOK, @ OT/eIbHbIE, Pa3pO3HEHHbIe KJIETKM 1 ITOrNOAI0T OHM He cpasy. [1aB-
HOe JKe OT/IN4Me B TOM, YTO IIPY AIOITO3€ Peann3yeTcsi FeHeTNIecKas BHY TPUK/IETOY-
Hasi IPOrpaMMa SMMMUHALINY OJVHOYHBIX K/IETOK.

B mporecce pa3BuTysi OPraHM3MOB 1 X (YHKIIMOHMPOBAHUY BO B3POCTIOM COCTOSI-
HYM IOCTOSIHHO HIPOMCXOAUT IMO€/Ib YacTH K/IeTOK, HO 0e3 UX PpU3NIecKOro W XUMMI-
YECKOTO MOBPEX/EHNsI, IPOUCXOMUT KaK Obl UX «OeCpudIMHHAsI» cMepThb. [ubenp Kite-
TOK IIPOVCXOUT IPAKTUYECKN HA BCEX CTAIMSIX OHTOreHe3a. MHOTrO4YIC/IeHHBI IIPYMePBI
OTMMpaHNs KIeTOK 6e3 MOBpeXeHNs pu aMmOproreHese. Tak OTMUPAIOT K/IETKM BOJIb-
¢doBa 1 MI0//IepoBa KaHAJIOB IIPY Pa3BUTHI MOYEIIO/IOBOII CHCTEMBI Y TO3BOHOYHBIX, I10-
rubaeT 4acThb HEMPOOIACTOB I TOHAOINTOB, OTMOAT KIETKY Ipu MeTaMopdo3ax Ha-
CeKOMBIX 1 aMpubuit (pe3opOIys XBOCTA y TOTIOBACTUKA 1 >Kabep Y TPUTOHA) U T.J.

Bo B3pociom oprannsMe Tak>xe IOCTOSIHHO IPOMCXOANT «CIIOHTAHHAs» TOe/b Kle-
TOK. MWwumMoHamMu orubarT KIETKM KPOBU SPUTPOLMUTHI U TEMKOIUTBI, KIIETKYU 91N~
[lepMIiCca KOXKH, KJIETKM TOHKOTO KUIIeYHNKa — 9HTepouuThl. [TornbaoT Gpommmkysap-
Hble KJIETKM SAMYHMKA [IOCIIe OBY/LALMM, IOTMOAI0T KIeTKM MOJIOYHOI JKele3bl OCTIe
makranym. Takux mpumepoB MHOro. Oco6eHHO MHOTO IIPUMepOB TMbey KIeToK 6e3
HEIMTOCPEICTBEHHOTO UX TOBPEXK/IEHUS MPU PA3TMIHBIX MATOTOTMYECKUX MPOLIECCax.
Hanpumep, kactparnus (yhaneHne CEeMEHHUKOB) BBI3bIBAeT MO e/Ib KJIETOK IPOCTATHYe-
CKOJ1 KeJie3bl, yaneHne runodusa IpuBOAUT K rMben KIeTOK HaI04eYHUKoB. [Ipy-
roji mpyMep — rubesp MBAaHHOBCKYUX KJIETOK IIPY JiereHepannyu akcoHa. [IIBaHHOBCK1e
KJIETK! B MIOBPEXIEHHOM IepudepryecKkoM HEPBE B3POCIOTO XMBOTHOTO, TAK JKe KaK

Puc. 26.6. Cxema pa3BuTua anontosa (7-5) B KneTkax OAHOCIOMHOrO 3NnTenma:

1 — cMmopLuMBaHMe KNeTku; 2 — My3blipeHue sfep 1 UATOMa3mbl; 3 — pacnag KneTku Ha anontotuyeckue Tenbua (AM);
4 — daroynTto3s Al pe3naeHTHbIMU Makpodaramu; 5 — MornoweHne Al COCeAHUMI SMUTENMANBHBIMU KNETKaMm
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U KJIETKY-CATe/UINTBI ¥ YyBCTBUTE/IbHbIE HEJIPOHBI B COOT-
BETCTBYIOLINX CIIMTHHOMOS3TOBBIX y3/IaX, HOTMOAIOT.

OTu HabMOfeHNs HaBOJAT Ha MBIC/Ib, YTO KI€TOYHAsS
CMepTb B 3TUX CIIYYasAsX PEryImpyeTcss MeXKIeTOUYHBIMMU
B3aJMOJIEICTBUAMY  Pa3INIHbBIM 00pasoM. MHOXXeCTBO
KJIeTOK MHOTOK/IETOYHOTO OpraHM3Ma HYXKJAeTcAd B CUT-
HaJIaX Ha TO, YTOOBI OCTABaTbCsA XXMUBBIMU. B oTCyTCTBUM
TaKUX CUTHAIOB MM TPOouuecknx GakTopoB B KIETKaX
pas3BMBaeTCsl MPOrpaMMa «CaMOYOMIICTBa» MM MPOTpaM-
Mupyemoit cMepTi. Hampumep, KIeTKy Ky/lIbTypbl Hepo-
HOB IIOTMOAIOT Py OTCYTCTBUM (paKTOpa pocTa HEVPOHOB
(NGF), xmeTku mpocTarsl T’MOHYT B OTCYTCTBUY aHZpOTe-
HOB CeMEHHIKA, KJIeTKY MOJIOYHOII XKe/le3bl IIOr1baoT pn
HaJleH!) YPOBHS FOPMOHA IIPOreCTePOHa U T.J.

C mpyroit CTOpOHBI, KJIETKM MOTYT IONTy4YaTh CUTHAJIbI,
KOTOpBIe B KJIETKaX-MMIIEHAX 3aITyCKAlOT MPOILeCChl, IpuU-
BOJAIIYE K IO/ 10 TUITY alloNTo3a. TaK, IMAPOKOPTU30H
BBI3bIBaeT IMbe/b MMMQOLUTOB, a IJIIOTAMaT — HEPBHBIX
KJIETOK B Ky/IbTYpe TKaHu, pakrop Hekposa oryxoru (TNF)
BBI3BIBAET I'MOEIb CAMBIX PA3/IMYHBIX KJIETOK. TMPOKCHUH
(rOpMOH IVTOBU/IHON JKeJIe3bl) BBI3bIBAET allONTO3 K/IETOK
XBOCTa TOIOBACTUKOB. KpoMe 3TOro CyljecTBYIOT CHUTYya-
oM, Korga arioIToTn4YeCcKasa r]/[6e}1b KJIETKNM BbI3bIBACTCA
BHELIHMMU (paKTOpaMu, HallpuMep, pafyaryeit.

[ToHsATIE «aIlONTO3» OBUIO BBENEHO NPU U3YYEHUU M-
Oe/m 4acTy KJIETOK IIeYeHN IIPY HEIOJTHOM MepeBs3Ke Mop-
TaJIbHON BeHbI. BbI/Io 06Hapy»keHo, 4TO ITpy 3TOM Habmoza-
eTcsl cBoeoOpas3Has KapTIHA KJIeTOYHON CMepTHU, KOTopast
3aTparuBaeT JIUIIb OTAEIbHBIE KIeTKM B TapeHXMMe [eYeHN.
ITporecc HAYMHAECTCA C TOTO, YTO KJIETKY TEPAIOT KOHTAKTbI
C COCeHMMM KJIeTKaMy, OHY KaK Obl cMOpIMBAIOTCA (Iep-
BOHA4Ya/IbHOE Ha3BaHMe 3Toil popmbl rubemn shrinkage ne-
Crosis — HEeKpo3 CXKaTueM KJIeTKM), B sfpax 1o ux nepude-
pUN IIpONCXOJUT CHCLU/I(bI/I‘IeCKaH KOHJ€HCalld XpOMaTnHa,
3aTeM AApo PpparMeHTHpyeTcs Ha OTAeIbHbIE YacTy, Been
3a 9TVM CaMa KJIeTKa PacIafjaeTcs Ha OT/Ae/IbHBIE TeNblIa, OT-
rpaHMYeHHBIe [/Ia3MaTUYeCKOl MeMOpaHOil — anonmomu-
Yeckue menvya. AIONTO3 — IIPOLeCC, MPUBOAAIINI He K
JIM3UCY, He K PACTBOPEHUIO KJIETKI, a K ee (pparMeHTaIu,
pacnagy. Cyab6a alonTOTHYeCKuX Telel] ToXKe HeoObIuHa:

Puc. 26.7. lNocnepnoBatenb-
Hble CTaAWKn anonTo3a B KNeT-
Kax KynbTypbl TKaHU:

] — HOpMmanbHasa Knetka; 2 —
cneynduyeckoe oxate Knetku
N KOHAEHCauma XpoMaTnHa; 3 —
dparmeHTauua agpa; 4 — opar-
MeHTaUuuA Tena KNeTku Ha pAg
anonToTUYeCKMX Tenel

oHM (aronUTUPYIOTC MakpodaraMy Wi fake HOPMaIbHBIMU COCEHVIMI KITeTKaMIL.
I[Tpu aTOM He pa3BMBaeTCs BOCHANMNTeNbHAsA peakiuys (puc. 26.6, 26.7).

Ba’kHO OTMeTUTBD, YTO BO BCeX C/TydYasix alolTo3a, BO BpeMs /i SMOPUOHATIBHOTO
Pa3BUTHS, BO B3POCTIOM JIV OPTaHM3Me, B HOpMe VIV TIPY ITATO/IOTMYECKUX POLeccax,
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Mopdororus nporecca rudeny KJIeTOK O4eHb CXOZHA. ITO MOXKeT TOBOPUTDH 06 061IHO-
CTH NIPOLECCOB ANlONTO3a B Pa3HbIX OPraHM3MaXx I OpraHax.

VccnenoBaHus Ha pa3HbIX 00bEKTAX IOKA3a/Iy, YTO AIIOITO3 €CTh Pe3y/IbTaT peajn-
3al[uy TeHeTNYeCKY 3aIporpaMMIPOBAHHOI KleTouHo rubenu. IlepBble okasarenb-
CTBa Ha/M4Ms TeHeTUYeCKol mporpaMMsl kieTouHolt cMepTy (ITT'K) 6bp11m momyyeHsr
npu n3ydeHun passutus Hemaronbl Caenorhabditis elegans. 9TOT 4epBb pasBUBaeTCA
BCEro 3a 3 CYT ¥ €ro Majible pa3Mepbl II03BOJIAIOT IIPOCIIEANTD 3a CYAbOOIT BCeX ero Kile-
TOK, HaUVMHAs C PAHHMX 3TAIOB APOO/IeHNA 10 TI0JIOBO3PENIOro OPraHu3Ma.

Oxasanoce, uro npu passurun C.elegans obpasyetcs Bcero 1090 keTok, u3 Ko-
TOPBIX YaCTh HEPBHBIX K/I€TOK B KomudecTBe 131 IITYKM CIIOHTAHHO IOTMbaeT myTeM
aroITo3a, ¥ B OpraHmaMe octaeTcsi 959 KieTok. bpum 06Hapy>KeHbl MYTaHTBI, ¥ KO-
TOPBIX TIpolLecc snuMuHanmy 131 kmeTkn 6b11 HapylleH. boim o6Hapy KeHbI IBa reHa
ced-3 u ced-4, IpOAYKTBI KOTOPBIX BBI3BIBAIOT aonTo3 131 xreTku. Ecin y MyTaHTHBIX
C.elegans 3Ty TeHbI OTCYTCTBYIOT VJIY I3MEHEHBI, TO AIIOIITO3 He HACTYIIAeT U B3POCIIbIi
opraumusm coctout u3 1090 ketok. Bbit HalizieH U Bpyroit reH — ced-9, KOTOPBIL SBJIS-
eTCsl CYIIPeccopoM aroITo3a: npy Mytaunu ced-9 Bce 1090 k1eTok nornoaror.

AHasor sTOro reHa 6bUI HaiileH y YemoBeKa: bcl-2-reH TakxKe ABJAETCA CYIIPecCOpoM
aroITo3a pa3IMYHbIX KIeToK. OKa3anoch, 4To 06a 6e/lka, KogupyeMble STUMY TeHaMH,
Ced-9 u Bcl-2, numeror opyH TpaHCMeMOpaHHBI JOMEH ¥ JIOKA/INU3YIOTCsl BO BHEIIHEI
MeMOpaHe MUTOXOH/IPMIT, B MeMOpaHax sifiep ¥ 9HAOIIIa3MaTUYeCKOTO PETUKYTyMa.

Cucrema pasBUTHA alIONTO3a OKa3aaach OUY€Hb CXO/JHOI Y HEMATO/IbI X IO3BOHOYHBIX
JKMBOTHBIX, OHa COCTOUT U3 TPeX 3BeHbEB: PETY/IATOP, afantep u sdpdexrop. Y C.elegans
perynatopoMm sasnsercsa Ced-9, koTopslit 6mokupyeT agantepHblit 6emok Ced-4, koTo-
PBIIl B CBOIO O4epefb He akTUBMpPYeT adpexTopHblil 6enok Ced-3, mpoTeasy, KoTopas
IeVICTBYeT Ha 6e/IKM IMTOCKeIeTa I Afpa.

Y nosBoHouHbIX cucteMa III'K 6omee cnoxHas. 31ech perynsaTopoM spisAeTcs Oe-
1ok Bcl-2, koTopelit vHIMOMpYyeT aganTepHblit 6eok Apaf-1, CTUMYIUpPYOLMIT KacKaz
aKTUBAL[MU CIIeNMaabHbIX IpOTenHa3 — Kacna3 (Tabmn. 17). Kacassl — 1ucTenHoOBbIE
IIPOTeasbl, KOTOPbIE PACIIEIUIAIOT O€IKM 110 aCIIaparnHOBOM KICIOTe. B KleTke Kacmmassl
CUHTe3UPYIOTCA B pOpMe JaTeHTHbIX NpeflieCTBEHHNKOB — mHpokacmnas. Y C. elegans
6emok Ced-3 Taxxe sBAeTcsa Kacnasoit. CyliecTBYIOT MHULMKpYIoue U 3ddeKTop-
Hble Kaclaspl. VHMnmMmpymomuye Kacmasbl aKTUBUPYIOT JaTeHTHbIe (GopMmbl addek-
TOpHBIX Kacma3. CybcTparaMu Jyis feliCTBMA aKTYBMPOBAHHBIX Kacllas CIyxar 6oree
60 pasmMYHBIX 0€NKOB. ITO, HANpyUMep, KMHa3a (POKATbHBIX a/IFe3VIOHHBIX CTPYKTYP,
MHaKTVBalLs KOTOPOJ IPUBOAUT K OTHEIEHNIO allONTOTUYECKUX KJIETOK OT COCefielt;
3TO JIAMUHBI, KOTOPbIE IIPY JIeIICTBUY KacIa3 pa3OuparoTCs; 3TO LUTOCKe/IeTHbIEe OeIKu
(mpoMeXXyTouHbIe PUTAMEHTDI, aKTVH, Te/Ib30/IMH), MHAKTUBALA KOTOPBIX IPUBOIANUT
K M3MeHEHMIO (pOPMBI KJIETKM U K IOSAB/ICHMIO Ha ee TIOBEPXHOCTM Iy3bIpeli, KOTOpbIe

Ta6nuua 17. Pa3suTtie npolecca NporpaMMMpOBaHHON KNETOYHOI cMepTy (anonTo3a)

Perynartop ApanTtep ¢ dekTop Pesynbrar Pesynbtar
C.elegans Ced9 —— Ced4 —» Ced3 —» TIKC
M03BOHOYHbIE Bcl-2 ——  Apaf-1 —%» Casp9 —» Casp3 —» [IKC
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[AIOT HAyasIo alloNTOTHYECKMM Te/lbliaM; 9TO aKTUBUpyeMas sHfjoHykaeaza CAD, ko-
topas pacumernger [JHK Ha onMroHyknieoTusHble HYK/I€TOCOMHbIE (PparMeHTBI; 3TO
depmenTs! penapanyy JHK, mogasnenne KOTOpBIX IpefoTBpallaeT BOCCTAHOBIEHIE
crpykrypst IHK, n MHOTME pYyTHe.

OpHMM 13 IPUMEPOB pasBOpaYBaHM AIlIOIITO3HOTO OTBETA MOXKET SIB/IAThCS Peak-
VIS KJIETKM Ha OTCYTCTBYE CUTHA/IA OT He0OXOAMMOro Tpopnieckoro GakTopa, Halpu-
Mep, dpakropa pocra HepBoB (NGF) mnu angporena (puc. 26.8). B uuromnasme K1eTok
B IIPUCYTCTBUU TPOop1dIecknx (paKTOpOB HaXOAUTCA B HEAKTUBHOI (opMe ellle OINH
y4acTHMK peakiyy — pocoprumiposanHblit 6enok Bad. B orcyTcTBum rpodudeckoro
¢axropa atoT 6enok gedochopunmpyercs u cBsasbiBaeTcs ¢ 6enkom Bcl-2 Ha BHew-
Heil MUTOXOHIPUAIbHON MeMOpaHe ¥ 3TUM MHIMOMPYeT ero aHTUAIONTO3HbIe CBOI-
ctBa. [Tocre 3TOrO aKTUMBUPYETCA MEMOPaHHbI MIPOANONTNYeCKNII 6emok Bax, OTKpbI-
Bas Iy Th IOHAM, BXOZIAILIVIM B MUTOXOH/pUIO. B 9T0 ke BpeMs 3 MUTOXOH/IPMIT Yepe3

3N
&

1 | |

i3,
11
® .

@ . Kacnasa 9 % 15
\ /

npokacn.-9 | 10

9 Apafi 4

N\ @I
6

5 Bad

Ba UMT.C Bax

d
/|

> 3

Bcl-2 \
7

*

Puc. 26.8. OHa 13 Mofieneil pa3BuTUA anomnTo3a npu oTCYTCTBUM TPOdUUYeCKoro dpakTopa:

T — nnasmaTnyeckas MembpaHa; 2 — BHeLLHAA MembpaHa MUTOXOHAPUK; 3 — Tpoduyeckuin pakTop; 4 — peLienTop Tpo-
duueckoro daktopa; 5 — pedochopunmposaHue npoanonTosHoro benka Bad; 6 — Bad MHaKTUBMPYeT aHTMANONTO3HbIN
6enok Bcl-2; 7 — Bbixoa yuTtoxpoma C B LMTO30Mb; 8 — aKTMBALMA anonTo3HOro 6enka Bax, OTKpbIBaHME NOHHbIX KaHa-
noB; 9 — uutoxpom C akTUBMPYET aganTepHbli 6enok Apaf 1; 10 — akTnBayua npokacnasbl 9; 11 — akTnBayys Kacnasbl
9; 12 — aKkTMBaumaA Kacnasbl 3; 13 — KOHAEHcaUmMA 1 aerpagaunsa XpoMaTuHa; 14 — ferpagaumnsa AaepHo namuHbl; 15 —
perpafjauus LMTockeneTta
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obpasoBaBiyecss B MeMOpaHe IIOpbl B LIATO-
IJIa3MY BBIXOAUT UUTOXPOM C, KOTOPBIN CBA3BI-
BaeTcs C afantepHbM 6enkom Apaf-1, KoTopsiit
B CBOIO OYepefib aKTMBMPYET IIpoKacnasy 9. Ak-
TUBMPOBAHHAas Kaclasa 9 3alyckaeT KacKaj ipy-
TUX IPOKAcIas, B TOM YIC/Ie KacHasy 3, KOTopble
Oynmy4n mpoTerHa3aMy, HAYMHAT PaCIelIATh
MelleHHbIe 6e/Ku (JTaMUHBI, 6e/IKI IUTOCKeIeTa
U [Ip.), YTO BBI3bIBAET AIIONTOTNYECKYIO CMEPTb
KJIeTKI, €€ paclaf Ha 9acTy, Ha allONTOTUYECKIe
TeJIbIIA.

CyljecTByeT HECKOIbKO ITyTell WHAYKLUU
aroInTo3a, MUHYS TOPMOHA/IbHBIE WIN JAPY-
rue Tpoduyeckme BamsHuUA. Tak ¢akrop He-
kposa omyxorneit (TNF), BbI3piBatonuii rubenb
He TOJIBKO OIYXOJIEBBIX K/IETOK, CBS3BIBAETCS C
pelieniTopaMy Ha IUIa3MaTUYeCKOil MeMOpaHe
k1eTok. IlocmegHme o00pasyloT cBsA3h uepes

Puic. 26.9. GakTop Hekposa onyxoneit (TNF)  apanrtopHble Genkn MpsAMO ¢ Kacmasoii-8, KoTo-
Bbi3blBaeT aKkTMBaUMIO Kacna3 M anonto3

KNeToK:

pas aKTUBMPYETCS U B CBOIO O4epefib aKTUBU-
I _TNF 2 — peuenop TNF: 3 — nnasvarse. PYET Q(Pq)eKTOprIe KacIiassl, HallpyMep MPOKa-
ckan Mem6pana; 4 — apanTopHble Genkw; 5 —  CIasy Bid, koTopas akTMBHMpYeT aronTos mno Mu-

HeakTUBHas Kacnasa-8; 6 — aKTMBMPOBaHHaa  TOXOHJIPMAIIBHOMY IIYTH, aKTUBUPYs Kacrmasy-9
Kacnasa-8; 7 — aKTVBMPOBaHHbIN NPOKacnasHbIn (pI/IC 26 9)

6enok Bid; 8 — MUTOXOHAPWSA; 9 — aKTUBMPOBAH-
HaA Kacnasa-9; 10-12 — Apyrvie aKTMBMPOBaH- AKTHBalMA IPOKACIa3 MOXKET 3aIlyCKaTbCA

Hble Kacnasbl U3BHE KJIETKM IIyTeM aKTUBALMM IIOBEpX-

HOCTHBIX Oe/IKOB-«pelentopoB rubemm». Tak
JMMQOLVTBI-KM/UIEPhI MOTYT MHAYIIPOBATh AlIONTO3 Ty TEM CBA3BIBAHIIA CBOETO MeMO-
panHoro 6enka Fas-nuranpa ¢ Fas-6ekom («perentopom rubenn» Ha IIOBEPXHOCTH Me-
IeHHOIT K1eTKy). Takue Fas-pelienTopsl CBA3BIBAIOTCA C BHYTPUK/IETOYHBIMI aJalITOP-
HBIMI OeIKaMy, KOTOpble B CBOIO OYepefib CBA3BIBAIOTCS C BHYTPUK/IETOYHBIMYU MOJIe-
Ky/IaMJ IIPOKACIIa3bl 8 1 MX aKTUBUPYIOT, YTO IPUBOANT K aKTMBALIUY IPYTUX KacHas u
K aronrosy (puc. 26.10).

VI36uparenbHble MOBPEXIEHUS MUTOXOHAPUIL, IPY KOTOPBIX B LIMTOIUIA3MY BBI-
cBoboxaaeTcsa quToxpoM C, TakKe SBJIAITCA 4acTOI MIPUYMHOI PasBUTHA AlONTO3a.
Oco6eHHO MUTOXOHAPUN 1 {PYTUe KIeTOYHbIe KOMIIOHEHThI CTPAJAIOT IIpK 06pasoBa-
HIU TOKCUYeCK! aKTUBHBIX popm Kucnopoga (ADPK), mox fevicTBreM KOTOPBIX BO BHY-
TpeHHell MeMOpaHe MUTOXOHPUIT 00pasyroTcs Hecnelyguieckyie KaHaIbl C BBICOKON
IIPOHMIIAEMOCTBIO /IS MOHOB, B pe3y/IbTaTe Yero MaTpMKC MUTOXOHApPUII HabyXaer, a
BHEIIH:AA MeMOpaHa paspbiBaeTcs. IIpy 9TOM pacTBOpeHHbIe B MEXXMeMOPaHHOM IIPO-
CTpaHCTBe Oe/IKy BMecTe ¢ InToXpoMoM C BBIXOZAT B ImToIuiasmy. Cpenu ocBoOOfuB-
muxcst 6e/1KoB ecTh (PAKTOPBI, AKTUBUPYIOIYE ATIONTO3, I IIpOKacmasa 9.

[IpsaMoe BHYTPUK/IETOYHOE HApYIIEHUe IeJIOCTHOCTY MeMOpaH MUTOXOH[PUIL
(Ipu #eVicTBUM MMUTOXOHJPUAJIBHBIX SI/IOB) IPUBOAUT K OCBOOOXKIEHMIO U BBIXOAY
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Puc. 26.10. AnonTo3 nocpeactsom FAS-cucTembr:

a — HayvanbHas cTagua akTuBaumn FAS-cuctembl: T — numdouut-kunnep; 2 — FAS-nurangel; 3 — FAS-peuentopbl; 4 —
MeLUEeHHble KNeTKI; 5 — afanTopHble 6enku; 6 — HeakTUBHasA Kacnasa-8; 6 — Arperauusa FAS-nuraHznos, FAS-penentopos
11 Kacnasbl-8; 8 — OTAeNeHve 11 aKTMBaLMA MONEKYN Kacnasbl-8, Kackaz akTMBaLWy Kacnas; 2 — oTaeneHvie numounTa-
Kunnepa n anonTo3 MeLLeHHO KNeTKu

Puc. 26.11. BHyTpuKneToyHas akTMBaLyA anonTo3a Npu NOBPEXAEHNA MUTOXOHAPUIA:

1 — noBpexaeHne MUTOXOHAPUI; 2 — apanTopHbin 6enok Apaf 1; 3 — uutoxpom C; 4 — Bbixog umtoxpoma C 1 ero
cBasbiBaHMe ¢ Apaf 1; 5 — HeakTuBHasA npokacnasa-9; 6 — obpa3oBaHyie Kommiekca anontocombl: Apaf 1, umtoxpom C,
npokacnasa-9; 7 — akTuBauma Kacnasbl-9; 8 — Kackag Kacnas

B IUTOIUIa3My LuToxpoma C, KOTOPBIil B CBOIO O4epefb 0Opa3yeT KOMIUIEKC ¢ IIPOKa-
CI1a3oi1 9, akTUBUPYET ee, YTO MPUBOAUT K Ia/IbHelIIeMy KacKaly akTMBaLMM KacIas U
K aronro3y (puc. 26.11).

Kak ykaspIBajioCh BbIIlle, allONITO3 MOXKET OBITh BBI3BAH LIE/IBIM PANOM BHEIIHNIX
baKTOpOB, TaKMX KaK pafiuanus, fiefiCTBMe HEKOTOPhIX TOKCHHOB, MHIMOUTOPOB KiIe-
TOYHOTO MeTabom3Ma.

Kak y>xe roBopmiocs, HeobparumMble oBpexaennsa [JHK BbI3bIBaoT anonTos. 1o
CBSI3aHO C TeM, YTO HaKaIUIMBAIOIIMIICS TPAaHCKPUIILMOHHBI (akTop, 6enok p53, He
TOJIBKO aKTUBMPYeT 6eoK p21, KOTOPBIt MHIMOKPYeET 3aBUCAILYIO OT LMK/INHA KIHA3Y
¥ OCTaHAB/IMBaeT KJIETOUHBIN MK/ B G, wn G, ¢ase (cM. puc. 25.13), HO ¥ aKTUBUPYeET
cnHTe3 mpoanontornyecknx 6enkos(NUMA, Nuxa) 1 skcripeccuio reHa bax, mpogyKT
KOTOPOTO 3aIlyCKaeT alloITo3.
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MHorre TOKCHHBI (pULNH, AUQTEPUITHBI TOKCUH U Ap.), @ TaKKe aHTUMeTabo-
JIATHI MOTYT BBI3BIBATb IMO€/Ib K/IETOK IIyTeM amonTo3a. IIpyu HapylueHMM cuHTe3a
OefKa B 9H/OI/IA3MATUYECKOM PETUKYIyMe B Pa3BUTHUM ANONTO3a YYaCTBYeT JIOKa-
JM30BaHHAA TaM IpoKacmasa 12, KoTopas akKTMBMPYeT psfi APYTUX Kacllas, U B TOM
qucIe Kacnasy 3.

ArmonToTnyeckue Teblla, OKPY>KEHHbIe I/Ia3MaTHMYECKON MeMOpaHOI paspylleH-
HOI1 KJIETKM, IIPUBJIEKAIOT OT/ie/IbHbIe MaKpoQaru, KOTOpble X IOIJIONIAIOT U HepeBa-
PMBAIOT C IOMOIIBIO CBOUX /IM30COM. Makpodaryu He pearnpyrT Ha COCeiHIe HOPMaIb-
Hble KJIETKY, HO Y3HAIOT allONTOTIYeCKMe. ITO CBA3AHO C TeM, YTO IPH AIOITO3€e Ha-
pYLIaeTCs acCUMeTpHs IIa3MaTNYeCKOI MeMOpPaHbI U Ha ee IIOBEPXHOCTY HOSBIIACTCS
dbochaTraniceput, HeraTUBHO 3apsDKEHHBIN GochOnMnIy, KOTOPbIi B HOPMe pacIio-
JIaTaeTcsi B LIUTO30/IbHON YaCTy IIa3MaTuIecKoi MeMOpanbl. TakuM o6pasom, myTeM
u30upaTenbHOro (aroluTo3a TKAHM KaK Obl OYMINAIOTCA OT IOTMOLIMX allONTOTHYe-
CKUX KJIeTOK (puc. 26.12).

Buonornyeckass posib anonTosa MM MPOrpaMMUPOBAHHON CMEpPTH KJIETOK OYeHb
BeJIMKa: 9TO yAajeHye OTpaboTaBLINX CBOE MM HEHY)KHBIX Ha JaHHOM 9Talle PasBUTH
KJIETOK, a TaK)Ke y/ajeHle M3MEHEHHbIX WM MATOJIOTMYECKNX K/IETOK, 0COOEHHO MY-
TAHTHDIX WIN 3aP>KEHHBIX BUPYCaMIL.

II}'[H TOTO ‘ITO6bI KJIETKI B MHOT'OK/IETOYHOM OPraH3MeE CyH.[eCTBOBaH]/I, HY)KH])I CUT-
HaJIbl Ha MX BBDKMBaHMe — Tpodudeckue GakTOpsI, CUTHAIBHbIE MOTEKY/IbL. DT CUT-
HaJIbI MOTYT OBITH HepefjaHbl Ha PACCTOSHUM U YIOB/IEHBI COOTBETCTBYIOIVIMIU Pellell-
TOPHBIMM MOJIEKY/IaM) Ha K/IeTKaX-MUIIEeHAX (TOPMOHa/IbHAsA, 9HTOKPUHHAS CUTHA/IN-
3aI11s1), 3TO MOXKET OBITh ITAPAKPUHHAsSL CBsI3b, KOTTIa CUTHAII IIEPEJAETCS Ha COCENHIO0
K/IeTKY (Hampumep, epefada HeiipoMenuaropa). [Ipy oTcyTcTBUM TaKuX TPOPUIECKIX

Puc. 26.12. ®arounto3 anontotu-
YecKunx Ten:

a — y4yacToK nasMaThyeckon mem-
6paHbl (1) HOpmanbHoW KneTku; 2 —
nunng docdatupuncepuH (OC) noka-
N30BaH B MeMbpaHe CO CTOPOHbI Lini-
TOMMa3Mbl; 6 — y4yacTok nnasmartmye-
CKol MembpaHbl () anonToTnyeckoro
Tenbua (AT): monekynbl OC (2) pacno-
NOXEHbI Ha BHELUHel CTOPOHe Mnnas-
MaTMyeckon membpaHbl; 8 — pelen-
TOPbl Ha NnasmaTnyeckoin membpaHe
darouynta (3); @ — peuenTopbl CBs-
3biBatoTcA ¢ OC Ha BHELUHel NoBepx-
HOCTV anonToTuyeckoro Tenbua (AT);
0 — daroumT (1) nornowaet AT (2)
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Ta6nuua 18. CurHanbl, CTUMYNMpYioLLMe anonTo3
Mo3nTMBHLIN 3anycK anonTosa AnonTo3 npu oTcyTCTBMN GpaKTOPOB pocTa
Tunbl KneTok QakTopbl Tunbl KNeTok dakTopbi pocTa
TumouuTbl T-KNeTOUHbIN aHTUreH, ANOKCUH MpepLwecTBEHHNKN LinTokmHbl
KNeToK KpoBeTBOPEHUA
JinmdouuTbl MIOKOKOPTUKOMABI T-numdouuTsl HTepnenknHbl
HepBHble knetkun | Miotamar B-numdoumth VHTepneinknH-2
lenaTouuThl TpaHchopmupytowmnii GakTop J03uHOGUNbI AHTUreH
pocta f3
Makpodarn bakTepmanbHble TOKCUHbI HepBHble Knetku VHTepnenknH-5
Pa3Hble TNF-¢pakTop Hekpo3a onyxonen, | [nua (®akTop pocTa HepBOB
MospexgeHne OHK,
lMNoBpexaeHne MUTOXOHAPWNA, MonouHas xenesa JCTpOreH,
KonxuyuH, [MporectepoH
AKTVBHble (I)Oprl Kncnopopaa, |'|poc'|'a'|'a AHp.pOI'EH
VIHrmbrTopbl 6€nKOBOro CMHTE3a

¢daxTopoB peanusyeTcs mporpamMma anomrosa. C Apyroit CTOpOHBI, allONTO3 MOYXKET BbI-
3bIBAaTbCA CUTHAJIbHBIMU MOHeKYIIaMI/I, HaanMep HPI/I pesop6ul/m XBOCTa I'o/JIoBaCTU-
KOB TIOJI /IefiCTBMEM TUPOKCHHA. KpoMe Toro, IeiicTBIe psifja TOKCHMHOB, BIVSIONINX Ha
OTOE/IbHbIEC 3BEHbA MeTa60}II/I3Ma KJIETKI, TaKXKXE MOXET CTAaTb Hp]/[‘-II/IHOﬁ KHCTO‘-IHOI;I
rnbeny nocpefcTBOM anonTosa (Tabm. 18).

MwuToTnyeckas KatacTpoda Kak BapnaHT anonTosa

Kaxk y»xe roBopmiocs, 1efiCTBYe pas3INYHbIX HOBPEX/JAIOIINX K/IETKY (PaKTOPOB MO-
JKeT MPUBECTH K MOBPEX/EHNIO CTPYKTYP, YYaCTBYIOIIMX B MUTOTUYECKOM JIe/ICHUN:
COOCTBEHHO XPOMOCOM, aIllapara pacXoXKAeHMs XPOMOCOM, MeXaHU3Ma LIUTOTOMMUIMA.
IIpy 3TOM YacTO KIETKM, BCTyMAIOMLIVE B IIPOLECC Je/IEHN, eT0 He 3aKaH4YMBalOT, IIOTH-
6as W BO BpeMsI CaMOro JIeJIeHIsI, WIM B C/IeAYIOleM KJIeTOYHOM MoKojeHnn. Takas
rubenb KJIeTOK HOCUT Ha3BaHue IPOrpaMMIPOBAHHOI KJIETOYHOI CMEPTU THUIIA «MUTO-
TUYECKOII KaTacTpodbl». XapaKTepHO, YTO STOT TUII KJIETOYHOII I'MOe/ CBA3aH C Ipef-
HIECTBYIOIIEN NeNeHNI0 TATONOTMEN KIETKN U 10 PARY NPU3HAKOB OTHOCUTCA K aIlol-
T03y. TakuM 06pasoM, armonTo3 MOXeT NMPOVCXOAUTD KaK B OOBIYHBIX OJHOSEPHBIX
KJIETKaX, TaK U B KJI€TKAX, IMEIOIIMX s/lepHble IIaTOJIOT U,

B MopdonornyeckoM OTHOLIEHNM K TAKUM KIeTKaM B COCTOSIHUM «MUTOTIYECKOI
KaTacTpodbl» OTHOCATCA K-MUTOTIYeCKIIe K/IeTKY, T/je XPOMOCOMBI He COOMPAIOTC B
MeTaa3HyI0 IIACTMHKY, He KOHIPECCUPYIOT, KIeTKM ¢ MUKPOAJPaMM, KJIETKHU C I10-
JIMIUVIOUIAHBIMU SAAPaMM, KJIETKM ¢ MHOTOIIONIIOCHBIMY (purypamm mutosa u ap. Takoro
THIIA TTATOJIOTMYECK] ISMEeHEHHBIe KJIeTKY MTOrMOA0T IO allONTOTIYECKOMY THUILY.

[Tpu K-M1TO3€ MpOMCXOAUT aKTUBALA IPOrPaMMBI arioTo3a (0CBOOOXKIEHIe MM-
TOXOH/PUA/IbHBIX IIPOAIONTOTIYECKNX 0enKoB, B ocobeHHocTH muroxpoma C u AlIE
akTMBauMA Kacnas u gerpaganys [JHK).

B psife crrydaeB KieTka He morn6aeT BO BpeMsi MUTO34, @ MOXKET VIV IIepPeiiTH B ITOTIN-
IVIONJHOE COCTOSTHIE VU IIPY aKTUBALUM LIEHTPOCOM 00pa3oBaTh MeTadasbl 1 3aTeM
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Puc. 26.13. BapraHTbl «<MATOTUYECKUMX KaTacTPOd»:

1 — KneTka C NOBpPeXAeHnemM MUTOTUYECKOro annapata; 2 — K-mutos; 3 —
MHOFOMOJOCHBIN MUTO3; 4 — aH3YMNOUAHasA KNeTka; 5 — nonuniaoungHas
Knetka; 6 — All-anonTo3

HeMUTbCS € HapylLIeHNeM
XPOMOCOMHBIX HA0OPOB, IIpU
3TOM BO3HUKAIOT aHIYIUIO-
unHbie knetkn. [Ipu obpaso-
BaHMM MHOTOIO/IOCHBIX MM-
TO30B HOABJIAIOTCA K/IETKU
PasHOM BEIMYMHBI U C pas-
HbIM KO/INMYE€CTBOM XpPOMO-
coM. VIMeHHO Takue KIEeTKI,
BO3HUKAIOIIVE 13 aHOMAb-
HBIX MUTOTMYECKUX KJIETOK,
B G, mepuope crefymollero
KJIeTOYHOTO ILMKJ/IA IOfIBEp-
TaloTCS AMONTOTUYECKON TM-
6emu (puc. 26.13).

Cunutaercsa, 4TO IpUYN-
HaMII MUTOTMYECKUX KaTa-
cTpod sBIAETCS COYEeTaHuUe
HapYHIeHI/IH KOHTPOJ/IbHBIX
IIPOLIECCOB B ITYHKTAaxX IpoO-
BEPKM KJIETOYHOTO IVK/IA B
S-¢paze  (HesaBepUIEHHOCTD
nimn HapymeHI/Ie pennmnka-
unn JHK) u G,-dase (un-
YKy oOpa3soBaHUA MUTO-
TUYECKOTO BepeTeHa) U Kile-
TOYHOTO ITOBPEXX/ICHMAL.

B pesymprare MUTOTH-
4ecKoil KaTacTpodbl, 0co-
O0eHHO Ha 9Tale IOCTMMU-
TOTUYECKOTO  aIlONTO3a B

Gl—nepmoue HOBOT'O LMKJ/Ia IIpY MHOTOIIO/IIOCHBIX MUTO3aX MOIYT COXpPaHATbHCA aHIY-
IUIOMOHBbIE KIIE€TKN, nsbexapime amnonrosa. OHu CO3[AI0T PUCK IIOABIEHNSA KIIETOK C
HapylI€HHbIM KOHTPOJIEM Hpom/[(bepaumm, YTO MOXET [JaTb Ha4a/I0 BO3HMKHOBEHUIO

KJIOHOB OITYXOJIEBBIX KJIETOK.

Aytodarus

Aymodgazusa 03HaJaeT IPOIECC «CAMOIIOEAHNA» ITyTeM M30COMHOMN Jlerpafalum
K/I€TOYHBIX KOMIIOHEHTOB. AyTO(arusi —HOPMA/bHBI K/IE€TOYHbII MEXaHU3M [JIs
0CBOOOXIEHMsI K/IeTOK OT OTPabOTaBIINX CTPYKTYP U €MHCTBEHHBIII ITyTh OCBOOOX-
lleHusA oT fleeKTHBIX opraHe/l. B mporecce ayTodarnm o6pasyoTcsa N30nMpyole
MeMOpaHbl, BepOATHO BO3HMKAIOIME M3 BAaKyO/IAPHOIO KOMIIAPTMEHTAa 9H/OIIa3Ma-
TUYECKOTO peTuKynayma (mpeayrodarocoMHble CTPYKTYPbI), KOTOpble 0OBOIAKMBAIOT
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U OTHE/SIIOT OT TMATOIIA3Mbl TakKiue CTPYK-
TYpbl, Kak MutoxoHppuu, IIIP, pubocomsr n
np. (puc. 26.14). Topupl 3TuX MeMOpaH CauBa-
I0TCsI, 00pasys ABOJHBIE MM MHOrOMeMOpaH-
Hble TIOTIOCTH, M3BECTHBIE KaK ayTO(daroCcoMbl
Wi ayrodarmyeckye BaKyonu. 3aTeM BHeII-
Hsis1 MeMOpaHa ayTo¢arocoMsbl CIMBAETCS C TIep-
BUYHbBIMUM J/IN30COMaMI, I TEM CaMbIM W3OIN-
pOBaHHBIE IMTOIUIA3MATUYECKUEe KOMIIOHEHTHI
MIOZIBEPTaOTCS aTaKe IM30COMHBIX TMAPOTIas.

B oTnmune ot anonrosa mpu aytodaruu mpo-
VICXOIMT PAaHHIA [ierpajalysi OpraHesl, HO 9rte-
MEHTBI LIUTOCKe/IeTa COXPAHSAIOTCS [0 MO3IHUX
craguii, pparmentauys JHK Taxke mpomncxo-
[T Ha MO3JHUX CTAAMAX PaspyllieHMs KIEeTOK,
KOTOpbIe PacIafjaloTCsi Ha BaKyOlMM3MPOBAHHbIE
¢dparmeHTsl, mornomaeMble ¢aronuramu. Tax
JKe KaK U IIPY aroNTo3e BOCIAINTEIbHAS Peak-
Vsl OTCYTCTBYeT (puc. 26.15).

Kak 6b110 MOKa3saHO Ha JPOXOKEBBIX KIIET-
Kax, Ha kiaeTkax Dictyostelium, C. Elegans n
Ha PacTUTENbHBIX KIeTKaxX aytodarus mpef-
cTaBysieT co60ll CKOpee 3alIUTHBIN MeXaHU3M
B YC/TOBMSIX HeJOCTATKA MUIEBBIX CyOCTPaTOB.
[IpoaykTel rupponmsa (aMUHOKUCIOTBI, HY-
K/ICOTV/IbI, )KVPHbIE KUCIIOTBI U [p.) U3 ayTo-
¢darocom moCTymamT B I{UTO30/Ib U 3TUM KOM-
HEHCUPYIOT HEOCTATOK MOHOMEPOB IpMU KJIe-
TOYHOM ronofanuy. OJHAKO IOHATHO, 9YTO
rnbenb KIeTOK 3a cueT ayTrodaruy IpOoKUCXo-
[T TP HEOOpaTMMOM HeZOCTaTKe IMUTATeNlb-
HBIX Cy6CTpaToB.

AyTodarnio erko BbI3BaTh B KYy/IbType Kie-
TOK MJIEKOIMTAIOIMX IpU CyOCTpaTHOI IIN-
I[eBOJI HEJJOCTATOYHOCTH, XOTSI B 3TOM C/Tydae
KJIeTKM CKOpee IOBEPraloTcs aIoIlTo3y, 4eM
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Puc. 26.14. O6bpa3oBaHue ayTodarocom u3
memb6paH JMP:

1 — 3MP; 2 — npeayTodarocomHas CTPYKTypa;
3 — ayTodarocoma; 4 — nM30COMa; 5 — CuaHue
JIM30COM C ayToarocomol; 6 — ayTonn3ocoma

Puc. 26.15. Aytodarnueckaa KneTka Ha
MO3AHWX CTaguax rnbenu:

1 — ayTodarocombl; 2 — N30COMbI; 3 — BaKyo-
NIM3MPOBaHHble GparmeHTbl KNeTKm

ayrodarun. TeM He MeHee IIpU HEKOTOPBIX 3a00/I€BaHNX, BK/IIOYasl HellpofiereHepa-
TYBHbIE HapylIeHNs Ipy 6oe3Hn AsblireiiMepa u [TapkiHCOHa, 9acTO HAOTIOJAIOTCA B
KJIeTKax IpU3HaKyM ayTodarny Kak OFHOTO 13 MEXaHM3MOB K/IeTO4Hoi1 rubemm. Yacto
Mopdosornyecke KapTUHBI, XapaKTepHble /I ayTodaruu, BCTPeYaoTcss U Mpu He-
KpO3e K/IeTOK KaK OTBET Ha OfIVH M TOT K€ CTUMYIL.

CyuecTByeT TOUKa 3peHMsI, YTO ayTodarus MpefCcTaBsieT co00ii CKopee caMoorpa-
HIYEHHYIO CTPATernio BBDKIMBAHS, YeM MIEPBUYHYIO U HEOOPATUMYIO IIPOrPaMMy Kile-

TOYHOI rnbesnn.
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Opnako OOHapy>KeHBI IPYIIIBI T€HOB, peryMpyolmux ayrodarnuio B HopMe. Tak,
y OpO>KKeil IpylIa TeHoB Atg KogupyeT Oe/IKu I MHAYKUVM ayTodaruy u mist o6-
pa3oBaHMsA, CO3PEBAHNUA U PELUK/INPOBAHNA ayTOPArocoM. Y MIeKOINUTAIOIINX TAaKXKe
€CTb TOMOJIOTMYHBIN POXKKeBOMY Oenky Atg6, 6enok Beclinl, koTopslit BoBeKaeTcst
B paHHMe CcTagyuy GOpMMUPOBAHNA ayTOPArndecKux BaKyoseit.

CyliecTBYIOT IepeKpeCcTHbIE B3aMMOEICTBIA MEXY allONTOTUYECKOI CUTHAIN3a-
e, ayrodarueit ¥ MUTOXOHAPUAMU. TaKk HEKOTOpbIE IPOANONTOTUYECKIE CUTHAJIBI
MHAYIMPYIOT ayTodaruio 1, Ha060pOT, aHTUATIONTOTUYECK)e CUTHAIbHbIE Iy TH CTH-
MYMPYIOT ayTodaruio.

MuroxoHapuyu MoryT uHTerpupoBarb curHanbl KC m ayTrodarmyeckyio akTus-
HOCTb. Tak MUTOXOHJPUM TeHEPUPYIOT allONTOTUYECKNEe CUTHAIbI, KOTOpPble YCTPaHA-
forcA ayTodaryeir. Takum 06pa3oM, MUTOXOHIPUM OCYILECTBIAIOT CBA3b, IPU KOTOPOIT
ayTodarys u aronro3 MOT'yT B3aMOJE/ICTBOBATb: TeHbI, BOBTYCHHBIE B MUTOXOH/IP-
aJIbHYIO0 (PM3MOTIOTHIO VIV PETY/IALVIO AIlONTO3a, B3aMMOAEICTBYIOT ¢ (haKTOpaMu ay-
todarun. Tak y miekonuraromux 6enkn cemericta Bcl-2, pacriono)xeHHble Ha BHeII-
Heil MeMOpaHe MUTOXOH/[PMIT, MOTYT BIMATh Ha ayTodaruio. B neiikemmuecknx kiet-
Kax uenoBeka Bcl-2 ycunmmBaer ayTodaruio HesaBucuMO OT Kacmas. BeposrHo, Bcl-2
nopassiet ayrodaruio, mpsamMo B Ha 6eok Beclin-1, 1 4To B3anMozeicTBIe MeXy
Bcl-2 n Beclin-1 Mo>xeT ckopee mopaep)KuBarhb ayToaruio Ha ypoBHe BBDKVMBAHUA Kile-
TOK, 4eM IIPUBOANTD UX K Inbenn.

MporpammupoBaHHbiit Hekpo3 (MK Il Tuna)

Hnsa IIT'K tuna 111, v Hexposonogo6noit I1TK, xapakTepHO OTCYTCTBME TM30COM-
HOTO y4acTus, 3HauMTe/IbHOe HabyXaHye OpraHe/l, pa3pblB IUIA3MaTUYECKON MeMO-
panbl. Itot tun KC nogpaspensercs Ha «tur [1IA», BK/I04aomuii IONMHYIO Je3MHTeT-
paumio nuromtasMel, n «tum I1IB», KoTopoMy cBOIICTBEHHO 60/lee yMepeHHOe paspy-
meHne, Habyxanue myctepH OIIP u ¢aronuTos MornoOINX KIETOK.

ITpu III'K III Tmma mpomcxopnut paHHee mpekpaimjeHue cuate3a AT®, cHiDKeHME
MeMOpaHHOTO IIOTeHIIaa, 00pa3oBaHye aKTUBHBIX GOPM Kicmopopa. Tak ucromenne
AT® B x1erkax nog gevictBueM nHrn6uropa AT®assl omMroMunyHa NIpUBOANT K Iepe-
KTI0YEHII0 MeXaHNM3Ma I'MOeN ¢ alonTo3a Ha HeKPOo3 B JISMKO3HBIX KIeTKax. Kiertku,
06paboTaHHBIE OIUTOMMUITHOM, IOTMOA/IM MICK/TIOYNUTENBHO [0 HEKPOTUYECKOMY Iy TH
TIOf, /Ie/iICTBMEM U3BECTHBIX (PaKTOPOB alonTo3a. Been 3a alONTOTUYECKUM CTUMY-
noM (Hanpumep, akcnpeccust Bax wmm TNF) knerkn mornbamyu maxke B IpUCYTCTBUN
HecrennprIecKIX NHIMOUTOPOB Kacnas. B 9TuX yCIOBUAX KIeTKY, KOTOPbIE TO/DKHBI
ObUIV OTMOHYTh ITyTeM aIloINT03a, 00HAPY>KMBAIOT BCE Y€PThI HEKPOTUYECKOI I1benn.
Bo3M0’XHO, YTO MHMIMAIMS ATIONITO3a MOXKET aKTMBHO noAaBATh passutue [I1T'K III
TUIIA U3-3a TOTO, YTO KACIa3bl PaspyILIAOT I NHAKTUBUPYIOT O€IKM, HeoOXOMble
I/1S IPOSIBIeHNsA «IIporpammupyemoro Hekposar. IIIK III BcTpedaeTcsa mpu mopaske-
Husix JTHK n uanimupyetcs 6enkom penapaunu (PARP) Tonbko B akTuBHO mposnude-
PUPYIOLINX K/IeTKaX. ITO CBA3aHO C TeM, 4To akTusauys PARP npuBogut k 6s1cTpoMy
uctomennio NAD 1 TeM caMbIM IOIaBJIEHUIO I/IMKO/IN34, IOAABIeHNIO cuHTe3a ATO
Y K HEKPOTUYECKOII I'MOeI KIeTOK.
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3akIo4as 9TOT paspen, HeoO-
XOUMO OTMETUTb, UYTO KAPTUHBI
KJIETOYHOI MATONOTMU O4YeHb pas-
HOOOpasHbl U 3aBUCAT C OJIHOII
CTOPOHBI OT TSDKECTU U IIPOJOJIKU-
TEIbHOCTY JEVICTBUSA BHYTpPUKIIe-
TOYHBIX VIV BHEUIHMX (aKTOPOB,
HApYUIAIONINX K/IeTOYHBII MeTa-
607113M, a C APYroil CTOPOHBI, — OT
IyTel, KOTOPBIMY NAaTOTOTUYECKIIe
u3MeHeHus peanusyrorcs. Kak mbl
BUJIETM, TOPAKEHUS KIETOK MO-
IyT OBITb OOpaTMMBIMK U HeobOpa-
TYMBIMY, BBI3BAHHBIMY BHEITHIMUI
pasHooOpasHbIMY GaKTOpaMM WK
M3MEHEHNAMY MeTabommM3Ma CaMux
KJIEeTOK, YacTO OOYyC/IOB/IEHHBIMU
reHeTUYeCKUMM TpuduHamu. VI B
3TUX CIy4YasX KIeTKM KakK Obl Imac-
CUBHO OTBEYAlOT Ha IIaTO/IOrMYe-
CKUe BO3JeicTBUsI (HEKpO3) W,
eC/M  TOBPEKJCHUA — OOPATUMBL,  pyc, 26,16, OCHOBHbIE GOPMbI KNETOUHOI rMBen:
CIIOCOGHBI BOCCTAHABIMBATD MCXO- ¢ _ HOpManbHas KneTka; 2 — HEKPO3 KNEeTKU: d — HabyxaHue 1
JTHOE COCTOSTHUE. MKHO3 AAPa; 6 — KapUOPEKCIC; 8 — aKTMBALMA TM30COM, Kapio-

CHPYI‘O]‘/’I CTOpOHbI, CYH.[GCTBYIOT NN3UC 1 AN3UC KNeTKK; 3 — anonTos: d — KOHAeHcauma xpomatu-

6 Ha; 6 — My3blpeHue AApa U LMTOM/IA3Mbl; 8 — pacnag KNeTku Ha
Iy T IIOPKEHNA M TNOCIN KIIETOK,  anonrommueckue Tenbua; 2 — darouut; 4 — aytodarus: a — o6-

TeHETUYECKI OETEPMUHMPOBAH-  pa3oBaH/e NepBUYHbIX ayTOGarocom; 6 — 3anonHeHe KNeTku
Hble, TaKie KaK IPUMephl «IIpo- ayToharoCOMHbIMI BaKyonsAMI, 8 — BaKyonu3auus n GpparmeHTa-
LSt KNEeTKM

IPaMMUPOBAHHON» KJIETOYHOI TH-
6emu. Ecmm B cnyyasx Hekposa
K/IeTKY TIOT1OAI0T B pe3y/IbTaTe MAaCCUBHO PasBUBAIOLINXCS COOBITHI lerpafaliiuy Kiie-
TOYHBIX KOMIIOHEHTOB, TO IIPY IIPOTPaMMIPOBAHHOI IMbeN IPOUCXOANT aKTUBHAS
KJIeTOYHasl peaklus, IpUBOAAIIAsA K SMMMIHALNY KJIeTOK B pPe3y/bTaTe peannsalnn
MIMEHHO IeHeTM4eCKOl IporpaMmsl (armonTos, ayrodarns) (puc. 26.16).

Ecnu «1jenb» HeKpo3a — pacmaj M YHUUYTOXKEHNe YMUPAOIX WK Y>Ke MePTBBIX
KJIETOK C TeM, YTOOBI BBI3BATh 3AIUTHYIO PeaKIMio OPTaHU3Ma B BUfIe UMMYHHOTO OT-
BeTa, TO Ipy (opMax IPOrpaMMUPOBAHHON KJIETOYHOI TMOeIN OPraHu3M CTPEMUTCS
0CBOGOMUTHCSI OT HEHY)KHBIX B JAHHBIII MOMEHT HOPMa/IbHbIX, 3[[OPOBBIX K/IETOK VN
OT KJIETOK, KOTOpbIe B OyZyllleM MOTYT IIPMHECTH Bpef, BCeMy OpraHusMy (MyTaHTHBbIe
KJIeTKM, K/IeTKM, IIOPa>KeHHbIe BUPYCaMI, K/IETKM, IIOTEPSBILNE PETY/LALNIO CBOE aK-
TUBHOCTHU, U T.]IL.).
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