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KODBOJIIOIUSA CTPYKTYPBI IOBETOBOM AIIMKAJIBHON
MEPUCTEMBI UK TEHETUUYECKUX MEXAHU3MOB KOHTPOJIS
KJETOYHOW NPOJIUPEPAIINN
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MockoBckuil rocyaapcTBEHHBIN YyHUBEpcUTET MMeHN M.B. JIomoHOCOBa

IToGerosast amukamsHas Mepucrema (ITAM) oOpasyer KIIETKH IS
MOCTPOCHUSI BCEX TKaHEH TMMOOErOBOH CHCTEMBI PACTCHHUS. OBOJIOLHUS
Ha3eMHBIX PaCTEHUI COMPOBOXKJAIach nepecTporkaMu B apxutekrype [TAM:
U3MEHEHHWEM  KOJWYECTBA  ANWKAIBHBIX  HWHUIMANCH, ©X  QOpPMBI,
PaCIONIOKEHMSI, @ TAaKKEC BO3HHKHOBEHHEM HOBBIX (DYHKIIMOHAIBHBIX 30H
MEPHCTEMBI. Y CIIO)KHEHUIO CTPYKTYPBI TTOOCTOBOW anmuKadbHONH MEpPUCTEMBI
COITyTCTBYIOT IEPECTPOMKK B TUIA3MOJIECMEHHOW CETH W BO3ZHHUKHOBCHHE
BTOpPUUHBIX MmIasmogecM B [TAM. V¥V pacTeHuil u3 pa3HbIX TaKCOHOB TI'€HBI,
romoniornyHele CLAVATAL, 2, 3 wim WUSHEL, B3aumopeiicTBys npyr ¢
JPYroM, OTIPENENISIOT 00beM MOOETOBON M KOPHEBOM MEpHCTEM, BIUSIOT Ha
WHTCHCUBHOCTh JIJICHUH KIETOK. [IpuW mepexome OT TOJOCEMEHHBIX K
LIBETKOBBIM pacTeHHusIM ¢dbyHKIMHU cemeiicTra FEHOB WOX
CTCIHAM3UPOBATIMCh KaK B MPOCTPAHCTBE (IKCIIPECCHs pPAa3HBIX TI'CHOB
OTHEIBHO B TOOEroBOM M KOPHEBOW MepHCTEME), TaK M- BO BpPEMEHH
(oxcmpeccust Ha pasHBIX dTamax oHToreHesa). ['enHoe cemeiictBo CLE,
cogepkamiee romosoru CLV3, o0MpHO Kak y CeMEHHBIX, TaK H y CIIOPOBBIX
pactennii. OYHKIMK ATHX T€HOB HE OTPAaHMYMBAIOTCS PETYJSAIMe oObema
MepucTteMbl.  Penientopusie  komruiekcel - CLV1-CLV2, CLV2-RPK2
BCTPEUAIOTCS KaK y CIIOPOBBIX, TaK y CEMEHHBIX PACTCHUH, TOr/Ia Kak
komiuiekc  CLV2-SOL2/CRN  sBasieTesi - MO3MHUM  3BOJIOIMOHHBIM
npuoOpeTeHHEM W BO3HHMKAET TOJBKO 'y IBETKOBBIX pacTeHHWH. Takum
00pa3oM, OKPHITOCEMEHHBIC pacTeHHEsI 001aTal0T HANOOJIee CIOXKHON CEThIO
perymsiiu  o0beMa MepucTeMbl. HapymieHus B ee  (yHKIIMOHUPOBAHUH
NPUBOJIAT K BO3HHKHOBEHHUIO (DACHUMPOBAHHBIX (OPM DPACTCHUH, KOTOpHIC
IIMPOKO M3BECTHHI CPEH IIBETKOBBIX M FOJIOCEMEHHBIX, HO HE OOHAPYKEHBI Y
CIIOPOBBIX PACTCHHIA

Knwouesvie cnosa. nobecosasi anuxanvhas Mmepucmemda, acyuayus,
2eHemuyeckull KOHMpOb pa3gumusl, MOp@oceHe3 pacmenuil.

OO0mme nmpeacTaBIeHUs 0 CTPOEHHUH MO0EroBOii aNNKAJIbHOM

mepuctembl (ITAM)

Konmennio anukaipHON KIETKH KakK €OUHCTBEHHOM, 0oOJIamarorneit
MEPUCTEMAaTHYECKOH aKTUBHOCTRIO B 1759 r. mpemmoxun Boasd (WOIfF).
OcHOBOH 1711 3TOW KOHLENUIMU TOCIYXHWIN HCCIEA0BAaHUS AalEKCOB
criopoBbIX pactenmit. Jlanee Bombd pacmpocTpaHui 3Ty HICIO TaKkKe Ha
cemenHble pactenus. [locne paboTsl Bonbga npeacrasienns 00 anuKaibHON
MepucteMe mobera mpeTeprend MHOXECTBO u3MeHeHuid. Tak, B [IAM
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CEMEHHBIX  pacTeHHH HE  yJaBaJllochb OOHAPYKUTh  €AMHCTBCHHYIO
anMKaIbHYIO KIETKY. BMecTo 3TOro Habmomanach Macca KIETOK, 3a4acTyio
OpraHW30BaHHAsl B CJIOM, KOTOpas JaeT BCe TKAHHM BETETaTUBHOIO molera.
Onwupasice Ha 3Tu HaOroneHus, HeMeukuid Ooranuk ['aHmTeitn B 1868 T.
BBIJIBHHYJI TEOPHUI0 TUCTOTeHOB [2]. OH MPEeAnoioXui, 4TO BCE KICTKH
pacteHus OepyT Hadalo M3 TpeX dacTeil Mmepuctembl (rucroreHon). (1)
JepMaTroreHa, caMoro Hapy»XHoro cios, (2) cimoeB mepuOIeMbl, Jaromiei
KOpY, ¥ (3) MHOTOCIIOIHOM TIEpPOMBI, 00pa3yoIIeH EHTPAIbHYIO YacTh OCH.
Ota Teopus OblIa MPUBJICKATENbHA, TOCKOJIBKY CBS3bIBAJIA MPOUCXOXKICHHE
KOKIOW M3 Tomorpaduueckux 30H CTEONS C KOHKPETHBIM THCTOTEHOM.
OnmHako HeE Bce ameKkChl yaaBalloch CTPOTO 30HHMPOBAaTH Ha 00JacTH,
COOTBETCTBYIOIIME KaXJAOMy W3 TUCTOTeHOB. K TOIOCEMEHHBIM  TeopHus
lanmTelina oka3zaiach HE MPUMEHUMOUN B mpuHUUIEe. CaMbIM ySI3BUMBIM B
HEH OKa3ajoch JKECTKOE JICTePMHUHHPOBAHUE CYAbOBI KaXIOW KIETKH
MepucTeMbl. TakuMm 00pa3oM, OT TEOPHH THCTOTEHOB ‘B HMPHUMEHEHHH K
anMKaIbHONW MepUCTeMe Mmobera OTKa3aluCh.

Cnenyromias koHuenuus crpoenusi [IAM —Teopus TyHUKH U KOpIyca
— Obua BeyiBuHYTA LlIMunrom B 1924 1. Ha OCHOBAHWU W3YYCHHs alleKCOB
MOKPHITOCEMEHHBIX. B Hell aBTOp mpemiaraq HapyXKHbBIE CJIOH KIIETOK,
JENANIecs aHTUKIMHAIBHO, HAa3BaTh  TYHHKOW, a OCTaJbHBIC KJIETKH,
JeNsIIAecss B Ppa3HBIX HANpaBIICHHUSIX, OTHECTH K Koprycy. TyHuka
MOKPBITOCEMEHHBIX MOXeET BKtoyarh B ce0s or O 10 6 cmoeB [59], xors
OOBIYHO MIX YHCJIO PAaBHO JBYM HJIH TPEM, X MPUHATO oOo3HayaTh L1, L2,
L3 u T.1. B otnuuune ot Teopuu rucroreHoB ['aHimTeliHa, TEOpUS TYHUKH H
KOpITyca HE TPEINojaracT CTOJb CTPOTOW CBSI3U MEXKIY OIPEICICHHBIMU
JacTSIMH MEPUCTEMBbl U TomorpaduueckumMu 30HamMu cTebns. KoHedHo,
AMUEPMHUC YaIlle BCETo BO3HHMKAET U3 ciosi L1, Ho cynpba Gosee rimy0okmx
CJIOEB, TaK XK€ KakK W KJIETOK KOpIlyca, HEe OMpejesieHa CTOoJb cTporo [67].
TepmuH «TyHHKa» OKa3aJcsi HEOJHO3HAYHBIM. bBBIIO OOHApyXeHO, YTO
KJIETKHA KOpITyca B KaKWe-TO MOMEHTHI BPEMEHU MOTYT OPTaHU30BLIBATHCS B
cion. Tako# Kopryc OBUIO TMPEIOKEHO Ha3BaTh CTPATU(PHUIIMPOBAHHBIM
[70].© Kpome TOro, B TyHHKE TaKke HHOTAa OOHAPYKHUBAIOTCS
NepUKINHAIbHBIC fAencHus [66]. Kak anprepHaTtHBa TyHHKE OBLT MMPEITOKEH
TEPMUH <«MaHTHSI», OOBEAUHSAIOMMKA BCE CIOM B amekce, B KOTOPBIX
AQHTUKJIMHABHBIE ~ JICJICHUSI MPOUCXOAST JIOCTATOYHO  YacTo, UYTOOBI
copMUpOBaTH peryisipHbIe ciou [57].

[MpakTHyeckn KO BCEM TOJOCEMEHHBIM HEMPHUMEHUMBI HU TEOPHS
THUCTOTCHOB, HU KOHIICTIIIMS TYHUKH M KOpITyCa, MOCKOJBKY B HX areKce
HEBO3MOXXHO BBIJICIIUTh OpPTaHM30BaHHBIC CTA0WIBHBIC CIIOM KIIETOK,
JENANECs aHTUKIMHAIBHO. B CBSI3U ¢ 3THM IS TOJIOCEMEHHBIX OBLIO
NPETIOKEHO [TUTOTUCTOIOTHYECKOe 30HMpoBaHue [18], Bbimesoliee MATh
30H: (1) 30HY anMKaJbHBIX WHUIMANCH, (2) UeHTpaibHyIO 30HY, (3)
Meayuisipayo win rib-3ony, (4) nepexonnyio u (5) nepudepruecKyro 30HbI

(puc. 4).
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Crtpoenue IIAM B pa3jiM4HBIX CUCTEMATHYECKUX IPYNIIAX

B pasHBIX IO CHUCTEMAaTUYECKOMY IIOJIOXKECHHUIO TpyINIax pPacTeHUU
kietkn  [IAM, ¢yHKUMOHUpYIOIIME KakK  anuKajdbHbIe  MHHIHAIIH,
pacrpezesieHbl Mo-pa3HOMY B CHILY KOPPENSTUBHOTO YCJIOXHEHHUS B XOJ€
SBOJIOLMMA KAaK BEreTaTMBHOIO TeJla PACTEHMs, TaK U €ro MEPHUCTEMBI.
OYyHKIUOHUPOBAHUE KJIETOK B  KAueCTBE aNMUKAJIbHBIX HWHULKAIECH
ONpEeNENsAeTCs HE X BHYTPEHHUMH XAapaKTEPUCTHKAMH, a UX IOJOKEHUEM.
31ech, MO-BUJIMMOMY, KIIIOUEBYIO pOJIb JOJKHA HUIPaTh MO3UIMOHHAS
undopmanus [4]. TIpu gereHnn anvKaIbHOW HHUIIMAIN COXPAHUTh ()YHKIIMN
MaTEPUHCKON KIIETKA MOXKET JIF00ast U3 TIOYePHUX, U TUCTOIOTUIECKU TPYITHO
ONpPENEIUTh T€ KIETKH, KOTOPbIE CTaHyT AaNUKAJIbHBIMA WHULUAIAMU. B
CBS3M C OTHM ObLIa MPEJIOKEHAa KOHIEHIUS <«HEMPEPBIBHOW OCTATOYHOM
mepuctembr» [49], B koropoit kimerku I[IAM moapasaensianch Ha
«HETIPEPBIBHYIO OCTaTOYHYIO MepucTeMy» (continuing meristematic residue)
— KJeTKH, KOTOpble (QYHKIMOHUPYIOT KaK WMHHULIHUAIM M <«OCHOBHYIO
MEpUCTEMY», BKIIOYABIIYI0O B ceOsi OcTalbHble KIETKU. B cBoell pabote
Heroman [49] kaaccuuipoBai MEPUCTEMBI HA TPU TPYIIIIBL

1. Monomnekcubie  [TAM, mHPOKO  MOpPENCTABIEHHBIE Y
HaMoOPOTHUKOB, Y KOTOPHIX MHUIMANL (OJHA WM HECKOJbKO) HaXOMATCS B
BEPXHEM CJIO€ W HHUKOTJA HE JENSTCS MEePUKIMHAIBHO. PopMa MHULIUATIU
IIPX 3TOM, KaK IPaBwIIo, TeTpadapudeckas (puc. 1).

2. CummnekcHsie [IAM, TunuyHbIe A7 TOJOCEMEHHBIX, TE
HECKOJIbKO MHUIMAJIEH OpraHU30BaHbI B BUJIE IOBEPXHOCTHOIO CJIOS, KIETKH
KOTOPOI'0 JENATCA KaK aHTUKJIMHAIBHO, TaK M NepuKiInHanbHO. [Ipu sToM
dbopMupyeTcs Kak MOBEPXHOCTHBIN CIIOH, TaK M Macca HUXKeJlekKalluX KIETOK
(puc.2).

3. Hdymnekcusie I[TAM (10 THIY MEPUCTEMBI MOKPBHITOCEMEHHBIX) —
WHULUAIM  HAXONATCS Kak MHUHUMYM B JBYX CIOSIX, HX JE€JICHUS
AQHTUKJIMHAJIBHBI, KPOME CaMbIX TJTYOMHHBIX WHUIMANEH, KOTOPBIE NENSTCS
Takxe nepukinHanbHo (puc. 3). CienoBaTeibHO, B COOTBETCTBUU C TEOPHEH
TYHHKH 1 Kopryca (Dcay, 1969),uHuIan moBepxXHOCTHBIX CIIOCB 3aJICTar0T
B TYHUKE, TOrJa Kak Hauboiee TIyOMHHBIC WHUIMAIN TMPUYPOUYCHBI K
KOpIycy.

IIpu paccmoTpennn 3tux Tpex tunos ITAM cnenyer oTMeTUTh, 4TO
CUMIUIEKCHBIA W TyMJIEKCHBIM TUIBI CTPOEHUS OIM3KU OpYr K APYyTy, TOrAa
KaK MOHOILIEKCHBINA CYILIECTBEHHO OTJIMYAETCS OT HUX. DTOT MPHUHIUII JIET B
OCHOBY ApYroi KiaccuuKaluu pacrpeneseHus] aluKalbHbIX WHULIMATCH:
(1) mo tumy cemeHHbix U (2) MO TUIy NANMOPOTHUKOBUIHBIX [55], rae B
HepBBIA (CEMEHHOM) THI MOMAJAlOT KaK CUMIUICKCHBIC, TaK U JTYIUICKCHBIC
anekcel. Paccmorpum crpoenne IIAM y pa3HbIX CHUCTEMATHYECKUX TPYIII
pacteHuii (KpOME€ MXOB, Y KOTOPBIX CIOPOMUT HACTOIBKO CHJIBHO
OTIIMYAETCS OT CIOPO(UTOB IPYIMX HA3E€MHBIX PACTCHUI, YTO CPABHCHHE
MPOBECTH TPYIHO).
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Puc. 1. MoHomiekcHast MEpUCTEMA. TEMHO-CEPBIM MOKa3aHa
aliMKaJibHasgd UHULHMAJIb, CBETJIO0-CEPbIM — €€ IPOU3BOJAHLIC, O6’Le,Z[I/IHCHHLIe
TICPBUYHBIMH IJIa3MOACCMAMMU. HonepeqHHe IOTPUXHU O3HAYAIOT IJIa3MOACCMBI

T ™~

Puc. 2. CummiexchHas MepucteMa. O6o3Hadenus — cM. puc. 1

Puc. 3. [lymnekcHas mepuctema. TeMHO-CepbIM 0603HAYEHBI HHULUATM TYHUKH,
6ornee cBeTabIM — MHHLMANK Kopryca (L3), camoii cBeTsI0# 3aTHBKOM TTOKa3aHbI
HEIOCPE/ICTBCHHBIC IPOM3BOIHBIC HHHUIHAICH. YHCIIO U1a3MOIECM Ha CXEME YCIOBHO (HE
oTpaxkaeT HabIr0aeMoi IoTHOCTH). Ha prucyHKax Moka3aHo, YTO IIOTHOCTH IUIA3MOAECM
MOHOIIIEKCHBIX MEPUCTEM 3HAUUTENBHO BBIIIE, YEM Y CUMIUIEKCHBIX U AYTICKCHBIX
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ITAM y Polypodiophyta

[TAM nanopoTHUKOBHUIHBIX COOTBETCTBYET MOHOIUJIEKCHOMY THITY TIO
knaccuukanuu HploMaHa U COOEPXKUT OJHY MM HECKOJBKO KIETOK,
(GYHKIIMOHUPYIOMIUX KaK anmuKalbHble HHULUATH. OOBIYHO MHHUIIHAIL HMEET
GopMy TpeyroibHOW HHpaMuibl (TETpadapa) ¢ OCHOBaHHEM, OOpAICHHBIM
HapyxKy, TpU JpyrMe TIpaHH CMOTpAT BHyTpb. Ilimockoctu neneHun
OpPUEHTHPOBAaHbl  AHTUKJIWHAIBHO, TIpPU  OTOM  JIOYEPHHUE  KIIETKH
pacmonaraloTcs IO CHHpaid. AMNUKalbHAs WHUIUAIb MOXET OBITh U
TPEXTPaHHOM, C JIMH30BHJHOW Hapy>KHOW TOBEPXHOCTHIO M  JIBYMS
BHYTPCHHUMHU (IPOKCUMAIIbHBIMH) CTOPOHAMH, MapaUICIbHO KOTOPBIM
OpUEHTUPOBAHbl IUJIOCKOCTH JejeHuil. Takas OCOOEHHOCTh CTpPOCHHUS
XapakTepHa g OWiIaTepaibHO CUMMETPUYHBIX TOOETOB, KaK y BOJHOTO
narnopotarka Salvinia natang(L.) All. [37] wnu, x npuMepy, y EquisetumL.

7 N

Puc. 4. Cxema30HHPOBaHHS MEPHCTEMBI, TpemIokenHas Poctepom[18]:
A —cnou Tynuku. b —mepucrema oxuganus (OpraHu3anuoOHHBII HEHTP).
B —nepexoznas 30Ha. I' — nepudepudeckas (dranrosas) 30Ha.
I —wmenymsapHas (rib) 3oua. E — mpuMopauii micra

Hekotopsie  wuccienoBarenu  MObITAIUCh  onuckiBath  [TAM
MANOPOTHUKOB C IMO3WLUU 30HUPOBAHUS, BBIIEISAS B MPOTOMEPUCTEME JIBA
CJIOS: TIOBEPXHOCTHBIM M Huwkenexanui. [lon HUMM HaxomsATCs 30HBI,
JIAfOIIMe HAYaJl0 KOpe U IeHTpalbHOMY IuiinHapy [41]. B TakoM BapuaHTe B
Ka4yecTBE WHHUIMAJICH paccMaTpuBaeTcs Lenbli crmoil. OpHako pan pabor
ONpOBEpPr ATy THUNOTE3Y, U TMpeACTaBiIeHHs] OO0 aNmuKaIbHOM KIETKEe Y
Polypodiophyta 3anumaror npexuaue mnosurmu [7; 39]. beutn momnbITku
NPHUCBOWTDH aNWKaIbHON HWHUIMATH (QYHKIMH MEPHUCTEMBI OXHaaHus [55],
OJIHAKO 73Ta THUIIOTe3a HE TOATBEpIWIAch, IOCKOIBKY ObLIa IOKa3aHa
MUTOTUYECKAsi AKTUBHOCTH KJIETOK, BBIMOJHAIOMNX (DYHKIMM HHULIHAATIEH
[21].

INAM y Lycophyta

HecmoTpss Ha TO, 4YTO y TUIAYHOBHIHBIX HEPEAKO BCTPEUACTCS
KpyIHasi anvKajibHas WHHUIUAIb (MM HECKOJBKO), amMKaIbHBIC KIICTKH, B
oTiu4re oT wWHUIKane [1anopoTHUKOBHUIHBIX, UMEIOT MapaJUICIbHBIE IPYT
APYTy KICTOYHBIC CTEHKH, IIMPOKOE OCHOBAaHHUE (a HE OCTpPBIA Yroi, Kak y
nHpaMUIaIbHBIX KJIETOK). Takum oOpazom, mepucrembl Lycophytaumeror
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CYUIECTBEHHbIE CTPYKTYPHBIE OTJIMYUS OT MEPUCTEM, XapaKTEPHBIX IS
ManOPOTHUKOBHUIHBIX. TakuM 00pa3oM, coriacHo kiaccupukanuu Hpromana
ITAM LycopytacooTBeTcTBYyeT CUMILIEKCHOMY TuIly. Y Isoetesl., ognako,
UMeeTCs KpyIHas IEHTpalibHas allKalbHas KJIETKa, KOTOpas MOXKET CO37aTh
oOMaH4YMBOE TMpEJACTaBJICHHE, YTO AaNuKaJbHbIE HWHUIMAIH  3/eCh
OpraHU30BaHbl MOHOIUIEKCHOMY THITY, KaK y marnopoTHukoBuaubix [31]. Ho,
B OTJIMYME OT MOHOIUICKCHBIX WHUIUANEH, JIeJIeHUs B HUX OPUEHTUPOBAHBI
KaKk aHTUKJIMHATBHO, TaK W MEPUKIMHAIBHO, YTO COOTBETCTBYET
CHMILICKCHOMY TuIy 110 Heromany [55].

Selaginella P. Beauv.cpenu apyrux Lycophytacrout ocoOHsIKOM,
YTO TOATBEPXKAAOT W MOJCKYIIpHO-TeHeTHYeckue nannbie. [57]. Ee
anKaIbHbIE WHUIMAINA COOTBETCTBYIOT MOHOIUIEKCHOMY THITY ¢ 2-, 3-U 4-
CTOPOHHUMH  MUpaMHIAIbHbIME — uHUNUAIAMH  [55].  Tlo-Buaumomy,
Selaginella — He camplii  TUNWYHBIE  OOBEKT Ui CPABHUTEILHO-
AHATOMHYECKHX W 3BOJIIOIMOHHBIX HCClienoBanuii cpenn Lycophyta.Xots B
CBS3M C OTHOCUTEIHHO HEOONBIINM T'E€HOMOM €€ YacTO WCIOIb3YIOT B
MOJIEKYJISIPHO-TEHETHUECKHUX paboTax KaK yl100HYIO MOZEIb.

ITAM ceMeHHBIX pacTEHUIl

VY CeMeHHBIX pacTeHUH KaKk MHUHMUMYM OJHAa WHUIUAIb B arekce
JIENUTCS KaK B aHTUKIMHAIBHOM, TaK W B NCPUKIMHATHPHOM HaNpaBlICHUH,
YTO IMO3BOJISAET UX OOBEAUHHUTH MO 3TOMY mpu3Haky [55]. Takum oOpazom,
anvKadbHbIE WHHIMAIN HEMOCPEACTBEHHO YYacTBYIOT B 0OO0pa30oBaHHUH
HIDKENIeXKAllUX KJIETOK MepHCTeMbl. PaccMoTpuM moapobHee cTpoeHue
anKaIbHOW MEPUCTEMBI ITOOETY Y TOJIOCEMEHHBIX U MOKPHITOCEMECHHBIX.

Lumozcucmonoeuueckoe 30HUpo8aHue Mepucmemsvl 20J10CEMEHHBIX.
@octep mnpemioxui 3oHupoBanue IIAM romocemeHHBIX TpU pabore ¢
Ginkgo bilobal., BmociaeacTBiu pacnpoCTpaHUB €ro Ha JAPYyrue OOBEKTHI
[18—20]. B anekce MOXHO BBIACIHTH TPYNIY alHMKaIbHBIX WHUIHMAJICH Ha
MOBEPXHOCTH, UYTO COOTBETCTBYET CHUMIUJIEKCHOMY THILY MEpPUCTEMBI IIO
Heromany [49]. HemmocpeacTBEHHO MO HUMH HaXOJUTCS 30HA IIEHTPATbHBIX
MaTEpPUHCKHUX KJIETOK, KOTOpbIE 3aMETHO BaKyOJIM3UPOBAHbI M HMEIOT
TOJICTBIC KJIETOYHBIE CTEHKH, YTO YKa3blBa€T Ha OTHOCHTEIHHO HHU3KYIO
MUTOTHYECKYIO aKTHMBHOCTh. BMmecTe ¢ MHUIMANSIMM 3Ta 30Ha BXOJIUT B
COCTaB MpoToMepHucTeMbl (HauMeHee AU(QPEPESHIIMPOBAHHON 30HBI areKca
noOera). 30HY  IICHTPaIbHBIX  MATEPHUHCKUX  KJIETOK  OKpYyXaer
nepudepuyeckas 30Ha, a MoJ Hel pacronaraercs rib-3ona (MemysuispHas
30Ha) — U3 Hee O00pa3ylTcs KIETKH CepAleBUHBI. Pasgenser 30HY
[EHTPAJIbHBIX MAaTEPUHCKUX KIIETOK U [1D-30HY TOHKas mepexojHas 30Ha U3
YIOPSAAOYEHHBIX KIIETOK.
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Puc. 5. Bpemennoeysenuuenue o0bema [IAM y MOKpBITOCEMEHHBIX,
npuBosKe K pacuuanuu: A — BereratuBHbIX oderos (Sedum reflexurn.);
b — cousernii (Fritillaria imperialis L.); B — usetkos (Scilla roseniiK.Koch)
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Ocob6ennoctu ctpoeHust [IAM B pa3IMuHBIX TPyIIax roJIOCEMEHHBIX
Bapeupytor. Tak, anekcel y Cycadophytaodens mmpokue, ¢ OoJbIIEM
YHCIIOM MOBEPXHOCTHBIX KIJIETOK, KOTOpbIE, JESCh MEPUKIMHAIBHO, AAI0T
KIeTKH Oojee miyOokux cioeB. DocTep UHTEPNPETHPOBAT BCE ITH
MOBEPXHOCTHBIC KiIeTKHM Kak wHuimanu [18; 20]. Yucno mHuimanei taxxke
SBIIICTCS TPEIMETOM JAWCKyccuu. Tak, paboTel € CEKTOpPHAIbHBIMU
xuMmepamu JuniperusL. mo3BossroT npeanonoxkuts B [IAM nanmnume Tpex
anuKanpHbeIX nHUNMaeH [60; 67]. Onnako B Oosiee mo3anel padore KopH
BBICKA3bIBa€T TOYKY 3pEHUS O CYIIECTBOBAHUM BCETO JIMIIb _OJHON
aNyKaJIbHOW WHUIMAIM y TOpeacTaBurenedl Toro ke poxa [34]. Xors y
OOJIBIIMHCTBA TOJIOCEMEHHBIX aNUKajdbHble HMHHUIMAIM - JENATCA  Kak
AHTUKJIMHAILHO, TaK W TEPUKIMHAIBHO, HE 00pasys clos, MOJA0O0HOTr0
TYHHKE, HEKOTOpbIE MPEACTaBUTEIM — Hampumep, JUNiperus — odpasyor
WHUIMAJIH, JENSIIeCs CTPOrO B aHTUKIMHAIBHOM HanpaBieHuu [60].

Y Gnetophytarokasano ueTkoe pasjeneHne Ha MOBEPXHOCTHBIN CIIOM
Y HIDKEJISKAIIYI0 MacCy KJIETOK, UMEIOIIYI0 TPOUCXOXKACHNE, HE 3aBUCUMOE
OT MOBEPXHOCTHBIX MHHIIMANEH. Takum oOpa3oM, amekcel moderos Ephedra
L. u GnetumL. M0oXHO omucaTh C MO3UIMNA TEOPHH TYHUKH U KOpIyca.
TyHUKY ¥ KOPITYC MOKHO Tak)Ke BBIICIUTH B mokosmuxcs [IAM y Tsuga
heterophyllaSarg. [53].u Picea marianaKunt. [58], kotopsie yrpaunBaroT
MIPU 3TOM 30HUPOBAHUE, XaPAKTEPHOE /ISl TOJTOCEMEHHBIX.

3onuposanue nobezo8oi AnuKantbHou Mepucmembl
nokpvimocemennvix. Ctpyktypa IIAM y TOKPBITOCEMEHHBIX XOPOIIO
coryiacyercst ¢ Teopuel TYHUKH W Koprnyca. VHHMIMAmM, OTHOCSIIHECS IO
knaccudukanuu Heiomana k gyrrekcaomy Tuiy [49], maroT KIeTKH TYHHUKH.
B kaxmom cioe paboTaroT CBOM WHUIMAIW, MIPU 3TOM y KJIETOK KOpITyca
TaKk)X€ €CTb CBOM MHMILMAIM, KOTOpbIE JENATCA KaK aHTUKIMHAIBHO, TaK U
MEePUKIMHATIFHO. VIHOT/1a MHUIIMATU KOPITyCa OKa3bIBAIOTCSI OPraHM30BAHbI B
cioit, obpasys crparudunupoBanubiii amekc [70]. Yucmo opraHu30BaHHO
JEISAXCS CII0EB Y Pa3HBIX TAKCOHOB MOKPHITOCEMEHHBIX BapbupyeT. Tak,
HauboJjee pacopOCTPaHEHHbIN BapUaHT Cpeld OAHOAOIBHBIX —3TO OJIUH WU
nBa ciost Tynuku [10].

Cnou TyHHKHU TPEICTaBISIOT cOOOM OTAENbHBIE KIETOUHBIE JIMHUH,
9TO TIOJATBEPKIECHO MHOTOYHMCICHHBIMA paboTaMM Ha PACTUTENBHBIX
XMMepax, B YaCTHOCTH Ha muroxumepax [56; 61]. O0buHO Takue XUMEpHI y
JBYIIOJIBHBIX OOJANal0T TPEMsS HE3aBHUCHMBIMHU CJIOSMH — JIBYMSI CIIOSIMH
TYHUKHU U OJTHUM CJIOEM MHMIIMAJIEH KOopIyca, KOTOPbIE Y XUMEpP FeHEeTUYECKU
pa3I4aroTCs.

Cnenyer n00aBuUTh, YTO LMTOTHCTOJIOTUYECKOE 30HUPOBAHUE,
paspaboTtaHHOe Jis rojioceMeHHbIX PocTepom [18], BriosiHE TPUMEHHUMO U K
nokpeiToceMeHHbIM [35]. Takum 00pazoM, GyHKIIMOHATBHO-aHATOMUYECKAs
pasmerka ITAM mNOKpHITOCEMEHHBIX BKIIOYaeT B ce0S 5 OCHOBHBIX 30H,
HAJIO’)KEHHBIX Ha CIIOM TYHHKH U Kopiyc (puc. 4).
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Cummiiacruueckue n1oMensl [TAM

AHanu3 TUIOTHOCTH IUTa3MOJECMEHHBIX KOHTAKTOB B aIlMKAIbHBIX
MepucTeMax MO0EroB  pa3lUYHBIX  COCYAMCTBIX  pAacTeHHH  Takxke
MOATBEPXKIAET KIACCU(PUKALMIO MEPUCTEM [0 THUINY OpraHu3alud Ha
«TIalIOPOTHUKOBUAHBIN» U «CEMEHHOW» THUIIBI — B TIEPBOM CpPEIHSAA
IUIOTHOCTh TUIa3MOJECM B TPH pasa BbIlie, ueM BO BTopoM [28]. BakubiM
MoKa3aTejeM TOro, Kak B MEPUCTEME pacHpelleleHbl MOTOKH Pa3IuYHbIX
BEIICCTB (B TOM YHCIIE U CHUTHAJIBLHBIX MOJICKYII), SIBJISICTCS PACIIONIOKECHUE U
nuHamMuKka — (GopMUpOBaHMS — IazMojaecM. llepBuuHBIE — T1a3MOJIECMBI
bopMUPYIOTCS TIPU ITUTOKUHE3E, TOT/1a KaK BTOPUYHBIC TPOPBIBAIOTCS MO3XKE,
IPOXO/Is Yepe3 yKe CYIIECTBYIOIIME KiIeTouHble cTeHku [1]. B Mepucteme ¢
OpraHHu3aIe o TUITY MAOPOTHUKOBHTHBIX dbopmupyrorcs
NPEUMYIIECTBEHHO TMEPBUYHbBIC IUIa3MOJIECMbl, M OHHM TNPUYPOUEHBI K
OTIpEICIECHHOMY KJIETOYHOMY CIIOI0, BHYTPH KOTOPOTO KJIETKH JEISITCS
tonpko aHTukIuHaIBHO (lineage-specific plasmodesmata network, LPB).
MepHCTeMax IO THIly CEMEHHBIX O0Opa3yloTCs TakXKe BTOPUYHBIC
IUTa3MOJIECMBI, TPOPBIBAIOIIMECS MEXIy KIECTKaMH pa3HbIX ciioeB (interface-
specific plasmodesmata network, IPD) [28Ylepuctemoii IPD-tuna, c
iasMoJleCMaMi  MEXAYy  CJIOsSMH,  00JlajaloT  TOJOCEeMEHHblE U
MOKPBITOCEMEHHBIE, a Takxke mnpencrasurenn Lycophyta, takue, kak
Lycopodium L. u Isoetes Omnako cers miazmogecm y Selaginella
pa3BHBaeTCsS TOJLKO B mpezenax oxHoro ciost (LPD-tum mepucremsr), 4To
tTakxke xapaktepHo s Polypodiophyta. Dto coorBeTcTByeT THITY
OpTaHHU3AIMN MEPUCTEMBI Yy CEJIATMHEII, MPOSIBISIOIIEH OO0JIBIIIOE CXOJICTBO
¢ [TAM mnanopotuukoBuaHbix [28]. Takum 00pa3oM, MOKHO MPOCIEIUTH
TECHYIO CBSI3b MEXAY OpraHu3aluel MEpUCTeMbl M pacIpeleieHHEM
IJ1a3MOJIECM, B HEKOTOPOM CTENEHU OTpa)karoluM TpaduK CHUTHAIbHBIX
BEIIECTB B MPOCTPAHCTBE MEPUCTEMBL. ATUKAIbHBIC WHHUIMAIH, ACISAIIHECS
AHTUKJIMHAIBHO, (OPMUPYIONIHME OAMH CJIOH CBOMX JOYEPHUX KIIETOK,
OUYEBUJIHO, HE PETYIHPYIOT POCT HIDKEIEKAIICH MacChl KIETOK, a MepelatoT
CUTHAJIbHBIE MOJIEKYJIBI O MJIA3MOAECMaM TOJIBKO B cBOoeM ciioe. KiieTouHslit
cioi (MM CJIOM) B CEMEHHOM THIe opraHmzauuu [IAM pacrter kak BIIHpB,
TaK U BIIIYOb, U MJIA3MOIECMbI MKy CIOSIMH KJIETOK MO3BOJISIIOT HANIPSAMYIO
nepesaBaTh CUTHAIbHBIC MOJICKYJIBl K alUKAbHBIM HHHUIHAISAM U OT HUX.
Takoil  Tum  opraHu3alMy  MEPHUCTEMbl  MpeNroyiaraeT  HaJludue
OpPTaHHU3AIMOHHOIO IMEHTPAa — MEPUCTEMBI OXXKUIAHUS, HAXOIAIICHCS TIOA
MHUIHAISAMHA U PETYIUPYIOLIEH UX aKTUBHOCTH. ClieyeT MOJYepKHYTh, UYTO
LPD4ura3moecMbl  OOBIUHO SIBIISIIOTCS TEpBHYHBIMH, Toraa kak |PD
MPEUMYIIECTBEHHO BTOpPUYHBIE. DTO MOITBEPXKIAETCS HAIUYUEM BTOPUUHBIX
ITa3MOJIECM Y TIOKPBITOCEMEHHBIX [5] U OTCYTCTBHEM HX Y MAalOPOTHUKOB Ha
npumepe Azolla Lam. [23].
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Tabnuna
KomnonenTs! perynsropuaoro koutypa CLAVATA-WUSHEL,
0o0OHapyKEHHBIC y PA3TUYHBIX PACTCHUH

OObeKT I'en OyHKIUSA Oxcrnpeccus Cchlika
WUS + OpraHu3aIMOHHBIN eHTp ITAM 63
IArabidopsigWOX6 + opranu3aionHsii eHTp KAM 22
thaliana  |CLV1 (peuentop) + opranuzanoHHslid neHTp [JAM 12
CLV2 (peuemnTop) + MHOTHUE TKaHH PACTEHHUH 12
CLV3 (curs. menr.) + MHOT'H€ TKaHU PacTeHUH 11
nepudepuueckas 3oua [TAM,
ZmWUS1 - LEHTpaJIbHasl 30Ha [13]

B PEIPOAYKTHUBHBIHN IEPHOX
JIMCTOBBIE IPUMOP/IUH,

ZmWUS2 _ nepudepuueckas 3oHa [IAM, [47]
Zea mays LEHTpaJIbHasl 30Ha B
PENpOAYKTHBHBIM NEPUOA
ZMWOXBA/ZmWO)BB - nokosuiicst ueatp KAM [48]
BereratusHast IIAM, mucToBbBIE
TD1 (peuentop) + . 9 S [47]
FEA2 (penemnrop) + BeretatupHas [IAM [71]
nepudepudcckas 3oHa [IAM,
OsSWUS + JIMCTOBBIE TIPUMOPIUH [13]

HEHTpajbHas 30Ha B
PENPOAYKTUBHBIN IIEPUO
IOsWOX5/QH] + nokostuics nentp KAM [3(]

Oryza sativ

FON1 (pererrrop) 5 [HAM, ®M, nenrpanbHas 30Ha B [30]
P p PENPOTYKTUBHBINA TEPUOJT
FON2 (curm. men.) FON2-penpoaykTuBHas (13
' : + MepHucTeEMa
_ FCP1 (curn. gem.) FCF1-gererarusnas [IAM
ybride  PRWUS(TER + TAM [69]
. VVWUS + MAM [16]
Vitis
vinifera VVWOY6 — KAM 16
\VVCLE (curs. nerrr.) + ITAM, nmasynissle MOYKH 43
Nymphae ' [NJWUS - MAM 45]
jamesonianNjWOX6 - 1AM, KAM 45
;',?V“éstri: PSWUE - [1AM, KAM [45]
e |PaWUS ? ? 26
Picee abies PaWO>b — ITAM, KAM, pa3BuThlii 5SMOpHOH 26
Gnetun BeretaruBHas [TAM, myxckue
gnemol GgWUS i CTPOOMIIBI, YKEHCKHE CTPOOMIIBI [45]
kg0 lehwus - TIAM, KAM [45]
CeratoptericrwuL + KAM [46]
Cyathes  leawul R KAM [46]

Ipumeuanue. CHTH. IENT. — CHTHANIBHBIN nenTH ux cemericrBa CLE; perienrrop — oxun u3
KOMIIOHCHTOB PEIICITOPHOTO KOMIUIEKCa, romojorununbiii oo CLV1, mubo CLV2; ITAM —
noberosast anukanbHas MepucremMa; KAM — KopHeBas alMKajdbHas MEPHCTEMA, «+» —
MOKa3aHO, YTO NPH HAPYIICHUH PAbOThI I'eHA U3MEHSETCS OObEM MEPUCTEMBI; «—» —
MOKa3aHa JIUIIb TOMOJIOTUS TeHa, HO (PYHKIMS KOHTPOJsI 00beMa MEPUCTEMbI HE JOKa3aHa,
«?» —TOUYHBIC JAHHBIE ABTOPHI CTATHU HE MPHUBOJIAT.
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Peryasitopubiii kontyp CLAVATA-WUSHEL

Jlns mopnepkaHus crneur(uyeckoil MpoCTPaHCTBEHHOM CTPYKTYpPBI
MepHUCTEMbI HEOOXOIMMBI PETYIATOPHBIE MEXAHU3MbI, 00eCIeUnBalOIINe KaK
MUTOTHYECKYIO aKTUBHOCTD, TaK U HAIPABIICHUE JCTICHUS KICTOK.

Hanbonee mompoOHO perymaTopHble TPOLECCHl HM3YYEHBl Ha
moneiapbHOM o0Obekte Arabidopsis thaliana (L.) Heynh.,o6magarommem
JOYIUIEKCHOM MepucTeMoii (0 THITy CEMEHHBIX). Xopolnas H3y4eHHOCTb
3TOr0 00BEKTA CIYKHUT OTIPABHOM TOYKOU ISl HCCIIEIOBAHUS MOJICKYIISIPHO-
TEHETUYECKUX TMPOIECCOB perymsinuu aktuBHoctn I[IAM. B pabotax,
nocsieHHbIx [IAM ArabidopsiS$ B 0CHOBHOM HCIOJIB3YIOT TEOPHIO TYHUKU
U Kopmyca, a TakkKe YIPOUICHHBIH BapuUaHT LUTOTUCTOIOTHYECKOTO
30HUPOBAHUS, BBIIEISS LEHTPAIBHYIO, MEPUPEPUUECKYI0 U MEAYUISPHYIO
(rib) 30ms1 [4].

OCHOBHBIM PETYIATOPOM MPOTUPEPATUBHON aKTUBHOCTH MEPHUCTEMBI
cuntaror red WUSCHEL (WUS). On ObuT mepBbIM M3 BCEX HM3yYEHHBIX
TCHOB, OTHOCAIIMXCA K CEMEWCTBY ToMeoOOKc-comepkammx (HakTopoB
TPAHCKPHIIIIHN WOX (WUSCHEL-related homeobox). WUS
AKCIIPECCUPYETCsl B TPYIIE KIETOK, JISKAIUX HEMOCPEICTBEHHO MO CIIOEM
L3 u HmKe, HAa3bIBAEMBIX OPraHM3alMOHHBIM IICHTpOM [36]. MyTanTel WUS
XapaKTePU3YIOTCS TPEKIACBPEMEHHON OCTAaHOBKOW POCTa M PA3BUTHS, TaK
kak [TAM npekpamiaer QyHKIIHOHUPOBAHKE HA PaHHUX dTarax pa3Butus [9].
B skcnepumenTtax ¢ oBepakcnpeccueit rera WUS B MecTe HHMIIMALIAN JTUCTA
WIK K€ B CAMOM JIMCTOBOM MPUMOPIUHU JajibHEHIIee pa3BUTHE (PHILTIOMA
ocraHasnuBanock. ['en WUS mnonnepxuBaer B HeauddepeHInpoBaHHOM
COCTOSIHHU I[SHTPAIBbHYIO 30HY, a TaKXKe KOHTpoJupyeT e€ rpanutibl [13].

Cucrema perymsauuu skcrpeccud rena WUS 10BONBHO CIIOXKHA U
COCTOMT U3 HECKOJIbKMX KOMIIOHEHTOB. B 3Ty cuCTeMy BOBJICUEHBI TaKHe
renbl kak SHOOTMERISTEMLESSSTM, STIMPY (STIP, POLTERGEIST
(POL) u ap. [77]. MoxHo cka3aTh, 4TO 000K (akTOp, BIUSAIONIMNA Ha
akTUBHOCTH [TAM, MOMKEH TEM WITH MHBIM CITIOCOOOM M3MEHSTH YKCIPECCUIO
rera WUS. OnHako OAHMMH M3 CaMbIX BaXKHBIX PETYIATOPOB SIBISIOTCS
npoayktel TeHoB CLAVATA (CLV). I'en CLAVATAl CLV1) komupyer
perenTop-nmogooHy0 KHHA3y ¢ JediuH-oooraménasiM mosropom (LRR), a
ren CLV2Z xomupyer peuentop, coxepxammii LRR, y kotoporo ecrts
JWTaHAHBIA ~ JOMEH, HO OTCYTCTBYeT KHHa3HbIi gomen [29; 43].
[Ipenmonararor, 9To O€IKOBBIE MPOAYKTHI OOOMX TEHOB B TpOIEcce
(GYHKIIMOHUPOBAHUS O0BEIUHSIOTCS B T€TEPOIUMED.

I'en CLV3 He roMonoru4eH IBYM MPEABLAYIINM, U Koaupyer 96-
AMUHOKHUCIIOTHYIO TOCJIEIOBATENIbHOCTh, KOTOpas Ha cBoeM N-KOHIlE MMeeT
CEKpETOpHYIO0 CHrHaNbHY0 00jacth [43; 63]. [loka3aHo, 4TO MPOMOTOP
CLV3 sBnseTcs HEMOCPEJACTBCHHONW MHMIIEHBIO (haKkTOpa TPaHCKPHIIIHH
WUS. Tlpu stom tpanckpunuusi CLV3 ycunuBaercs [78]. B mpomecce
CEKpelNH, COMPSIKEHHOW € MPOTEONUM30M U TIMKO3WIMpPOBaHUEM, OENoK
CLV3 mnpespariaercss B KOpoTkuil riukonentu (13 aMUHOKHCIIOT) ¢ IBYMS
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THJIPOKCUTIPOJIMHOBBIMH ~ OCTAaTKaMH, KOTOPBI MOXET CBS3BIBATHCS C
petentopHbiM KoMmIuiekcom u3 6enkoB CLV1 u CLV2 [52; 77]. [Ipu stom
UMEHHO TIOCT-TPAHCKPHIIIIMOHHOE TIIMKO3WIMPOBAHUE KOPOTKOTO TIENTHAA
apaOWHO30i1 IO OJJTHOMY M3 THIPOKCHIIPOIMHOBBIX OCTaTKOB MEPEBOIMT €TO B
aKTUBHOE COCTOSIHUE. Y1ajeHne apaOMHO3HOTO OCTaTKa BEJET K CHHYKCHUIO
aKTUBHOCTH M ciaboi  ap(UHHOCTH CBA3BIBAHUS C  PELENTOPHBIM
komrmuiekcom CLV1+CLVZ2. Ha naHHBII MOMEHT CYIIECTBYIOT MpSMBIE
OMOXMMHYECKUE JI0Ka3aTeJIbCTBA JIMTAHI-PELEITOPHBIX B3aUMOJACHCTBUI
mexxay gomenom LRR w3 CLV1 u CLV3 [33; 51]. ITocne cBs3biBaHuS
peuentopHoro komiuiekca ¢ nenrtuaom CLV3 curnan nepenaercs B sapo,
skcpeccust rena WUS cumkaercs [4].

Mytanthl Clv3 umeror yBenmueHHyo [IAM BceienctBue TOro, 4to
IOMeH, B KoTopoM skcnpeccupyercss WUS, pactmpsiercs. A yBennYeHHas
skcnpeccust  CLV3  mnpuBoauT K = OPEXKIECBPEMEHHOMY  CHH)KEHHUIO
muToTHUecKo aktuBHOCTH I[IAM [9; 40; 43]. Takum obpasom, CLV3
pabortaer kak pempeccop TpaHckpunmuu rena WUS, m BMecTe ¢ HUM
00pa3yeT perynsaTOpHBI KOHTYp C OTPHUIATEIbHOM 00paTHOii cBs3bio [17].

I'en CORYNE (CRN komupyer penenTop-mogoOHyH0 KHHa3y C
KOPDOTKHM BHEKJICTOYHBIM jgoMeHOM [43; 44]. Psn wucciemoBanuii ¢
UCIIOJIb30BaHUEM MYTAHTOB CrN, Clv1, clv2, a Takxe nBoiHBIX MyTaHTOB ClV1
crn u clv2 crn mokasan, uro 6enku CRNu CLV2 gononHsoT apyr apyra,
co3naBas (PyHKIMOHANBHBIM peuentop u B3aumoneictBys ¢ CLV3. Takum
o0pa3oM, B pacTEeHHH CYIICCTBYET JBa IyTH BOCIPHUATHS CHTHAJNA OT
nentuga CLV3: npu momomm CLV1, a tak ke CLV2 u CRN [54].

Y Arabidopsis 30HBI 3KCIpeccHH O00CYKIa€MbIX TE€HOB XOPOIIO
COBIAJAIOT C IIMTOTMCTOJIOIMYECKUM 30HUPOBAHHUEM MEPHUCTEMBI I10
docrepy (cm. Boime). Tak, ren CLV3 skcnpeccupyercss B L1 u L2 crmosix
MEpPUCTEMBI B LIEHTPAJIbHOM 30HE, @ TeH WUS —B opraHu3alioHHOM LEHTpeE,
HaKJIaIbIBAIONICMCST Ha HIDKHHE CJIOW IIEHTPAITBHOW 30HBI U YaCTUYHO — Ha
rib-zony. 30HOH, B KOTOpOil 0O0JAaCTH O3KCIPECCHH OSTHUX JIByX TI'CHOB
MEPEeKPBIBAIOTCS, sBIsieTCsl cioi L3, He Bcerma XOopomio BBIPOKEHHBIN Y
Arabidopsis Cnenyer ormeruth, uro CLV1 »oskcnpeccupyercs B
OrpaHUYEHHON 00acTH, MpUOIMKEeHHOW K obnactu skcnpeccun WUS, B TO
Bpemsa kak CLVZ2 u CRN cnocoOHbI 1aBaTh CBOM MPOXYKTHI BO MHOTHX
TKaHsAX pacrenuii [38; 42; 43].

Bce atn nmanHble ObUIM TONYYeHBI Npu HcciienoBanuu Arabidopsis
thaliana, omHako He cOBceM IOHATHO, KOTJa B MPOIECCE DBOJIOIHU
BO3HHMKJIA JTa CHCTEMa KOHTPOJS MEPUCTEMBbl M HACKOJBKO OHa
KOHCepBaTHBHA. J[Isi 3TOro Kpyr H3y4aeMbIX OOBEKTOB ILIAHOMEPHO
pacumpstor. Haumbonee NpoABHHYTHIMH — OKa3aJlHMCh  HCCIEIOBAaHUS,
MOCBAIIECHHBIE MOUCKY TeHOB, roMosioruyasix WUS, CLV3 u, B MeHbIel
mepe, CLV1 / CLV2. Eme MeHbIIEe [aHHBIX MO IPOCTPAHCTBEHHBIM
MaTTepHaM SKCIPECCHH 3TUX TeHOB. TpyaHee BCEro OKa3bIBaeTCs MPOBECTH
MIOJTHOE IKCIIEPUMEHTAILHOE J0Ka3aTeIbCTBO (GYHKIIMOHATLHOM
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B3aMMOCBSI3M  OOHapy>KeHHbIX KoMmMmoHeHToB cuctemMbl CLAVATA-
WUSCHEL.

JBogaonus reHos cemeiicrea WOX

Ha nansbiii mMoment y Arabidopsis Obuio HaitmeHo 14 reHOB
cemerictBa WOX. DTO ceMeiCTBO XapaKTepHU3yeTCsl HaTUIMEM aTUITUYHOTO
TrOMEOJIOMEHa, COCTOSAIIET0 U3 66 AMUHOKHCIOTHBIX OCTATKOB, B OTIMYHE OT
00BIYHOTO TOMEO0OMEHA, cocTosmiero u3 60 amuuokocaor [24; 75]. ITomumo
stroro WOX1 —-WOX7u WUS conepxar Ha C-KoHIIe OeKa KOHCEPBAaTUBHBIN
nomen w3 8 ammuokmcnoT (TLXLFPXX, rme X wmoxer ObITH 11000
AMHUHOKHCIIOTOH). DTy TOCIEeNOBaTeNIFHOCTh NpUHATO Ha3bBath WUS-
60kcom [24]. Bce oHU BBIMTOMHAIOT pa3anyHbie GYHKIIUN H SKCIIPECCUPYIOTCS
Ha pa3HbIX cTaausx Mopdorenesa. [IpuHATO pa3nenaTs 3TO CEMEUCTBO T€HOB
Ha TpU Tpymnmbl (KTajbl), B 3aBUCUMOCTH OT TOMOJIOTMH 3THX T'€HOB Y
Arabidopsisu npencraBuTeneld pa3IMYHbIX TAKCOHOB, Y KOTOPBIX OHU OBbLIN
HaiineHsl. Eciim paccMaTpuBaTh (HIOTEHETHYECKOE IPEBO, TO OKa3hIBAETCH,
YTO MPEINICCTBEHHUKAMH BCETO CEMEWCTBA SIBISIOTCS TCHBI, HAWJICHHBIC Y
3eéHbIX Bojpopociei Ostreococcus taurC.Court. et M.-J. Chrétiennot-Dinet
(OtWOX) u O. lucimarinus (OIWOX)[26]. K mepBoii rpymme OTHOCATCS
renbl, HanbOosee romonorunuasie WUS u WOX5 y Arabidopsis thalianaB
reHoMe Arabidopsisu pa3TMYHBIX IIBETKOBBIX PACTEHUI K HUM OTHOCSIT TCHBI
WO X1 -WOX7 ,WUS unx 61n3kue ToMOJIOT .

VY GOJBIIMHCTBA U3 UCCIIECIOBAHHBIX JBYAOIBHBIX PACTCHUH YIaloCh
MmoKa3aTh KOHCepBaTWBHOCTh ¢yHKumi reHa WUS. Myrantel 110
OOJBIIMHCTBY U3 ATUX TOMOJIOTOB MPOSBISIOT (DEHOTHII, CXOKUH C MyTaHTOM
wus y Arabidopsis thaliana. Tak, He3aBHCHMO OT HCCICIOBAaHHN Ha
ArabidopsiSObLIH OTKPBITEI HEKOTOPBIC TEHBI, YYaCTBYIONINE B PEryJISIIUH
aktuBHOCTH IIAM, a jmmie 3areMm Obwpia mokaszaHa romojiorus ¢ WUS.
Hanpumep, y Antirrhinum majus L. reH ¥ COOTBETCTBYIOIIUH eMy O€IoK
nonyunau HazBanne ROSULATA (ROA), y Petunia hybrida E.Vilm. —
TERMINATOR (TER) [13; 69]. OmHako OOJBIIMHCTBO OPTOJIOTOB
oOHapy>KeHO Onaromaps UCCICAOBAHMIM CPaBHUTEILHOW TeHOMUKH. B aTOM
ClIy4ae MO YCTAaHOBHBILEHCS TPaauIlMM B Ha3BaHUE JTUX I'€HOB BKIIFOYAIOT
Ha3BaHWE pPACTUTENBHOrO = oObekTa. Hampumep, oOHapyKEHHBIA Yy
Sreptocarpus rexii (Bowie ex Hook.) Lindl. opronor WUS, nomy4mn
HazBanne SWUS. JlanHblli TpMep MHTEPECEH B MEPBYIO OYEPEb TEM, UTO
smOpuonaneHasi - [TAM paHo mpekpamaer (QyHKIMOHUpOBaHHE, M Ha
pacTeHnn 00pa3yeTcs eIUHCTBEHHBIH (POTOACCUMUIUPYIOMHKA JTHCT. Bug S
rexii IeMOHCTPUPYET aHU30KOTHIINIO (HEpaBHBINA POCT CEMSIIONEH Y CEMSIH) U
orcyrctBue TunnuHoro ITAM. Tem He meHee, mecTo 3kcnpeccun SWUS
KOPPENUPYET C MEPUCTEMAaTHYECKONH aKTUBHOCTBIO, XOTS TOIOJOTMYECKH HE
COBIIAZAET C MECTOM JKCIIPECCHH TOMOJIOTHYHBIX TE€HOB Y BHUJIOB
Sreptocarpus o0pa3yromux MOJTHOIEHHYIO PO3ETKY JHCThEB C OOBIYHON
ITAM [13].

bauskue romonorn WUS oGHapy»eHbI y OJHOJOIBHBIX, B TOM YHCIIE
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Oryzasativa L.,ZeamaysL., u Brachypodiumdistachyon(L.) P.Beauv. ¢m.
tabu.). s puca 6buto mokazano, uro OSWUSssnsercs oproiaorom WUS,
T.€. BBITIOJTHAET T€ K€ camble (YHKIIMH B PEryJasnuu akTuBHOCTH [TAM. ¥V
KyKypy3sl Haiiaenol aa mapamora ZmWUSL1 u ZmWUSZ2. Otu renst
JKCIIpECCUPYIOTCST B mepudepruueckoil 30HE MEPUCTEMbl U B JIMCTOBBIX
OPUMOPAUSIX, XOTS WX (YHKIHMS B pEryisinuu akTuBHOCTH [IAM s
KYKypy3bl TIOKa HE JOKa3aHa. DKCIIpecCUsi B IeHTpasibHOU oOmactu 1AM
(Bmecre ¢ opronoramu CLV1)y BceX M3y4CHHBIX 371aKOB TIPOUCXOIUT TOJTBKO
B penpoayKTUBHBIN meprof [47]. Takum 00pa3oM, KJICTKH, KOTOPbIE BXOIST
B COCTaB JIMCTOBBIX MPUMOPAWEB, 3aHUMAIOT 3HAYUTEIBHYIO  YacTh
noBepxHocTu [IAM y 31akoB, B OTJIMYME OT HEOOJBIIUX TPYMH KIETOK Y
Arabidopsis [43; 47]. Bumno, uto martepHsl 3kcmnpeccun OSWUS wu
ZmWUS1/2 3ameTHO oTiaM4YaeTcs OT TakoBeix y AtWUS, mosromy, Kak
CIIEJICTBUE, MOXET BO3HUKATH TUIIMYHAS IS 3]IAKOB apXUTEKTypa CTeOJIs.
[ToBeneHre MyTaHTOB MO3BOJISIET MPEANOIOKUTH, UTO CYIECTBYIOT U JPYTHe
MEXaHHM3MBbI PETYIISLUN aKTUBHOCTU BeretaTiBHOM [TAM y 31makoB [45].

B nactosmee Bpemsi Haubosiee pacpoCTpaHEHa TOYKa 3pEHUsl, UTO
cnenuanu3anus pyakuuii renoB WUS (kak peryasitopa aktuBHoctu [IAM) u
WOX5 (kak perynsropa aKTHBHOCTH amUKaaIbHOH MEPHCTEMBI KOPHS)
MPOU30MUIO TOCHE PACXOXKIEHUS TOJOCEMEHHBIX M TOKPHITOCEMEHHBIX.
CoOCTBEHHO y TOJIOCEMEHHBIX OJIMH M TOT K€ I'€H M3 3TOro ceMmeicTBa
sKcnpeccupyercss kak B [TAM, Tak W B KOpHEBbIX amekcax [/5]. Oto
0OCTOSITENTLCTBO BBI3BIBAET HEOJHO3HAYHOCTh B OMPENEICHUM TOMOJIOTHH:
OJIHU aBTOPHI CUYUTAIOT T€HBI FOJIOCEMEHHBIX MOTCHIIMAILHBIMA OPTOJIOTaMH
WUS, a apyrue cumraior 6osiee 000CHOBAHHON TOMOJIOTH3AIUIO C TCHOM
WOX5, u npu 3TOM HPHUBOIAT OJUHAKOBOE O0O3HAYCHHE IS ITHUX ABYX
reHoB. OnHako . HEJaBHHWE HCCIEAOBAaHUS IOKa3ald Halu4yhue Yy
roiioceMeHHbIX (B yacTHocTu Picea abieqL.) H.Karst. Ju rena WUS, u rena
WOX5 (ecm. Ta6m.). ®dynkuuu, BemoiaHsembie PaWUS, moka ermie
HEJO0CTaTOYHO M3ydeHbl. OTHAKO YKe yIanoch MOKa3aTh, 9T0 (GYHKIIUU TeHa
PaWOXS5 takue xe kak m y AtWOXD5, 32 UCKIIIOYEHHEM SKCIPECCUH B
pa3BUBarOIMMCS IMOpHOHE [26].

Cnenyromass rpynma TeHoB u3 cemeiictBa WOX HaspiBaeTcs
MPOMEKYTOUHOM, TaK Kak €€ MPEACTABUTEIIM B CBOMX TI'€HETUYECKUX
[MOCHeZ0BATENbHOCTAX HUMEIOT HE TOJIBKO YYacTKH, XapaKTepHble IUIs
IBETKOBBIX pacTenuii, Ho u i1 Selaginella moellendorffiHieron. K aroii
kiage orHocsresa reasl WOXS8, 9, 11 ul2.

[Mocnenusisi knaga HasbIBaeTCs JApeBHEH, Tak Kak conuepkur WOX
MOCJIEZIOBATENBHOCTH C BBICOKOM TOMOJIOTHMEH C€ TE€HaMH U3 3€JIeHbIX
Bojopocieit u mxa Physcomitrella patengHedw.) Bruch et Schimg75]. K
Heit otHocsTcs rensl Arabidopsis thaliana WOX10, 1& 14. Craenyer
OTMETUTH, YTO OTO pa3[eleHHe Ha KiIaJabl Oa3upyeTcs Ha OCOOCHHOCTSIX
renoB cemeiictea WOX y Arabidopsis thaliana.Ha pannblii MOMEHT
OOHapyKEHO MHOXECTBO TOMOJIOTMYHBIX T€HOB Y TMpeICTaBUTENICH
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pa3IMYHBIX TAKCOHOMHUYECKUX TPy (TabsIuIa).

M3HavyambHO cyUTanoch, 4To TojoceMeHHbie HMET WOX-reHs
TOJILKO W3 JIpeBHEW Kiampl. OQHAKO TOCIETHHME HMCCIESIOBAaHMS TOKA3aliy,
4yro, Hampumep, Picea abiesumeer rensl, romonmormuneie WOX2 — 5,
WOX13,WUSu WOX8/9. {locneauuii reH Ha KiajorpaMMe paBHOYIATICH
ot AtWOX8u ot AIWOX9.)Tak ke 6butn Haiifensl rensl WOX8A, 8B, 8Gx
8D, KoTOpBIC OYECHBb CXOXH MEXAYy coO0M, a Takxke romojorndabl AWOXS.
Bce onu BXomAT B cocTaB pa3HbIX Kiaa. beuto mokasano, uto B WUS«kmaze
ectb rersl u3 Ginkgo biloban Gnetum gnemon., a B mpomexxyTouHoi — u3
Gnetum gnemon.

WHTEepecHO, YTO y MAamOpOTHUKOB TAaK)Ke BBIIEICHBI TEHBI W3
cemeiictrea WOX, B yactHoctu reasl WOXA u WOXB u3 Ceratopteris
richardii Brongn.OaHako ToYHast TOMOJIOTH3AIUS ¢ M3BECTHBIMH TPYIIIaMH
TCHOB U3 JAPYrMX TaKCOHOB 3aTPYAHEHA, MOCKOJIBbKY Ha Kiafgorpamme WOXA
1 WOXB cTOSAT 0COOHSIKOM MEXIy APEeBHEH W MPOMEXYTOYHON Kianoi [26;
75].

CewmeiictBo CLE renos

OnHuM U3 TepBBIX OOHapyxeHHbIX romojoroB CLV3 6bur ren
kykypy3sl EMBRYO SURROUNDING REGIO¥ESR, otBercTBeHHBIN 3a
CHUTHAJIMHT MEXAY 3apoibllieM U sHaocnepMmoM. [losToMy Bce cemeicTBO
KOPOTKHMX CHUTHAJIBHBIX nenTuaoB monyumito HazBanue CLE: or CLAVATA3 /
ESR CewmeiictBo CLE noBonpHO 00mMpHO M XapaKTEpPHU3yeTCs HAJIHMYUEM
KOHCEPBAaTHBHOW aMHHOKHCIOTHO# mMociienoBaTeabHOCTH (14 aMUHOKHUCIIOT),
KOTOpas pacroyiokeHa Ha C-KOHIlE MEeNTUIHON MOCIEN0BaTEIbHOCTU. JTO
MajieHbKkHe nentuasl (mpumepno 15 k/la), KoTopbie y4acTBYIOT B Iepenaue
CUrHasia B KadecTBe nuranaa. Cpeau HHUX BBLICIHSIOT JBa Kiacca OCIKOB —
kmacc CLV3-6enmkoB wu kimacc - TDIF-6eakoB (Tracheary element
Differentiation Inhibitory Factor) [43]. Haauubiii MOMEHT u3BecTHO 32 reHa
y Arabidopsis thalianaMuorouncineHHbIC HCCIeI0BaHUS TOKAa3BIBAIOT, UYTO
CLE-reHsl 3KCIpEeCcCHUPYIOTCS IO BCEMY pPACTEHUIO M B pa3HbIE OTallbl
Mopdoreneza. OueHb YaCTO TE€HBI JTOTO0  CEMEWCTBA  SBISIOTCS
aHTAaroOHUCTAaMU JIpYT K JApyry. Hanpumep, npu oBepakcnpeccun CLE9 — 11,
CLE13, CLE19, CLE2#& CLV3 nporcxoauT 3aJiep:KKka pocTa KOPHS, a TCHBI
CLE 2,CLE4 — 7, CLE18, CLE2% CLEZ26 Hao00poT CTUMYIUPYIOT €ro
yuuaenue [29; 68].

Opronoru CLV3 ¢ nokazanHoi (QyHKIUEH KoHTpons obobema [TAM
obuapysxkensl y Vitis vinifera L. u Orysa sativa fa6numa). FON2 u FON2-
LIKE CLE PROTEIN1(FCP1) komupytor CLE-mentuapl mnoxoxue Ha
AtCLV3. Tlpnuem FON2y puca peryaupyet noaaepxaHiue penpoayKTHBHON
(couBerusi/uBeTkn) Mepuctembl, B TO Bpemsi kak FCPL perymupyer
BeretaTuBHylo [IAM u anukaipHyl0 MepucTeMy KOpHsS. Takum oOpazom,
FON2 uFCP1 perynupyioTpa3inuyHble TUIIBI MEPUCTEM Y PHCA.
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PeuenTop-nogooHbie KHHa3bl, romoJioruynbie CLV1

Ha nauHBI MOMEHT M3BECTHO HECKOJBKO Pa3IUYHBIX PEHENTOPHBIX
KOMILIEKCOB, ¢ KOTOPBIMH MOxeT cBsizathest CLV3. Dto CLV1-CLV2 [12],
CLV2-SOL2/CRN [42; 44n CLV2-RPK2 (Receptor-like Protein Kinase 2)
[32]. T'omonorun rema CLV2, xopomo wuccienoBanHoro y A. thaliana,
HalJICHbl TOJBKO Yy LBETKOBHIX pacteHuid [43]. HemaBHO ObLIO TOKa3aHO
Hanuyure HezaBucuMoro oT CLV1 mytu nepegaun curHana s MoaepKaHus
nyina HeauddepeHIMpoBaHHbIX KiIeTok B I[IAM, Bkioyaromero B ceds
CLV3, CLV2 u LRR-peuentop-nogodnyo xkunazy SOL2/CRN [42; 44]B
OTJINYKE OT KOMIOHEHTOB Kiaccuueckoro mytu, CLV1/2 u CLV3, npoaykTht
renoB SOL2/CRNHe obnapyxensl y Physcomytrella patens Selaginella
moelendorffii[43]. CRN (CORYNE)no mocieiHuM IaHHBIM HE 00JaJaeT
KMHA3HOW aKTHUBHOCTBIO, a sBsieTcs mceBaokunazoi [50]. CnemoBarensHo,
CRN/CLV2 peamusyror apyroit mexaHmsMm nepemaun curHaia k CLV3,
uexxenn komrmieke CLV1/2, Bo3smMokHO, cBsA3aHHbIN ¢ TpaHcmoprom CLV2 k
miasmaruueckoit  membpane  [50]. SOL2 © (SUPPRESSOR  OF
OVEREXPRESSION OF LLP1-Zpicoko romonoruueH CRN [42; 64],
JoKa3aHa ero (yHKIMOHAbHAS AaKTHUBHOCTH B TOJJEpXKaHUH OO0BeMa
KOpHEBO# MepucTemsl [42].

JpyruM  BapuaHTOM  PEHEHTOPHOTO  KOMIUIEKCA  SIBIISETCS
RPK2/TOADSTOOL2 (TOAD2)-CLV2.B otimune or SOL2/CRN, RPK2
oOHapyKeHa He TOJIbKO y IIBETKOBBIX pacTeHwuii, HO y MxoB — Physcomitrella
patensu neuenounnkoB — Marchantia polymorpha L. [62].

I'omonorn CLV1 oGHapyXeHbI cpeau OIHOIOJBHBIX, HAIPHUMEp, Y
Zea maysu Oryza sativa fabmuia), a Taxke y Physcomytrella patens
Selaginella moelendorffii[43]. B puce FLORAL ORGAN NUMBER 1
(FON1) xomupyer oproior AtCLV1. IMoreps ¢yukumu rena FONL B
MyTaHTaX TMPUBOAMT K YIJIMHEHUIO MEPUCTEMBl M YBEIUYCHUIO YHCIIA
uBetkoB. ‘Oprosoru AtCLV1 u AICLVZ Ttakxke ObutM OOHapyKEHBI Y
kykypy3sl — THICK TASSEL DWARFITD1)u FASCIATED EAR2REA2)
coorBeTcTBeHHO. OaHako B KyKypy3e moteps ¢yukumii TD1 / FEA2 ne
BIUSIET Ha BereratuBHoe pa3BuTue IIAM, a TONBKO HAa YMCIO IIBETKOB, B
orimmuue or CLV1 u CLV2 B Arabidopsis Kpome Toro, 0b110 Moka3zaHo, 4To
TD1 me »kcmpeccupyercss B BeretatuBHOW IIAM, ero mnpucyrcrue
O0HapY)XWJIM B JIMCTOBBIX mpumopausx [8]. B penpoaykTuBHbII mepuos oH
AKCIIPECCUPYETCs B TEHEPAaTUBHBIX MEPHCTEMaXx: COLBETHS, KOJIOCKa u aAp. Ha
6onee mo3gHMX cragusax [D1 wakamumBaeTcs B auddepeHIIMpPOBaHHBIX
OopraHax, TaKWX Kak IIBETKOBble U KojJockoBbie uemyn. FON1
TpaHCKpuOupyeTrcs B TedeHue (QuopambHOoro mopdoreHesa, a Tak Ke B
muddepeHmpyromuxcss OOKOBBIX LBETKOBBIX opraHax [47]. T'omonoru
AtCLV1/2 u CLE-menTuabl, NPUCYTCTBYIOIIUE y OIHOIOJBHBIX, HUIPAIOT
BXHYIO pOJIb B PETYISIMU POCTa W pa3BUTUS MepucTeMbl. OIHAKO Yy
JIBYJIOJIbHBIX TOMOJIOTH 3THUX T€HOB BBIMOJHSIOT (QYHKIUHU, HE XapaKTepHbIE
Ui OMHOMOJIbHBIX wWin ke s Arabidopsis [lns opronoror CLV1 y
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0000BBIX OBLJIO TIOKA3aHO, YTO OHHM WIPAIOT OMNPEIACICHHYIO pOJb B

¢dopmupoBaHun KiyOeHbKOB, a He B KoHTpose IIAM. Hampumep, ren

SUPERNUMERIC NODULESSUNN B Medicago truncatula Gaertru

HYPERNODULATION ABERRANT ROOT HAR1) B Lotus japonicus
(Regel) K.Larsen [43]. MyrauTel 10 3THM T'€HaM JIEMOHCTPUPYIOT

YBEIUYCHHOE YHCJIO KOPHEBBIX KIYOCHBKOB (C  CHMOMOTHYCCKHUMH

a30TGUKCHPYIONIMMH OaKTEpUsIMH) M HE HMEIOT BHIUMBIX J1e()DEKTOB B

passutuu [TAM [13].

[TogBoast mTor, HEOOXOAUMO TOMUYEPKHYTH, 4TO KomIiuiekc CLV2-
SOL2/CRN — cpaBHHTENBHO TO3JHEE SBOJIONMOHHOE mpHoOpereHne. OH
OoOHapy>KeH TOJBKO y IIBETKOBBIX PACTCHHH, MPHUYEM YHCIO TOMOJIOTOB B
T€HOME OJIHOTO BHJA CPAaBHHUTEIHHO HEBEIUKO. 3aMETHUM, YTO PpelenTop-
nonoOubie kuHa3pl CLV1 B mpemenax oOgHOTO TEHOMa TMIPEACTABIICHBI
60abmuM unciioM reHoB [43]. DTo MOKET yKa3blBaTh Ha CIIEIIHATM3AIINIO
kommiekca CLV2-SOL2/CRN B ¢BsS3M ¢ YCIOXKHEHHEM OpraHH3alnin
aNMKaJIbHBIX WHHUIMAJICH B BUJC HECKOJBKHX CJIOCB KJIETOK B CPAaBHEHHU C
naumansmvu S. moelendorffii anbHeiinme MOMCKA TOMOJIOTOB 3THX I'€HOB
y TOJIOCEMEHHBIX, MAMOPOTHUKOBUIHBIX M JPYTUX [IAYHOBUIHBIX IMTO3BOJIST
POBEPUTH ATY TUIOTESY.

Hapyumenue cTpykTypbl MepucTeMbl IPpH Gacuuanuu

KonTtpons nponudepanun KIeToOK almuKaIbHOW MEPUCTEMBI o0era B
psAle Ciy4aeB HapyIIaeTCs, 4YTO TPUBOAUT K HEKOHTPOIUPYEMOMY
yBenuuenuio [TAM. Dro sBjeHHE MOJNyYWIIO Ha3BaHue «pacumarus» [4].
Haubonee sipkuMu mpumepamu  (acIMUPOBAHHBIX PACTCHUU SBIISIFOTCS
CYKKyJIeHThI, Hanpumep, Opuntia, Euphorbia [14], numuu [6], u3BecTHBI
MyTanuu ¢ ¢acuuupoBanHbM penoruriom y Arabidopsis[72], Pisum sativum
L. [3], Glycine maxMerr. [To HamuM HaOIFOJECHUSAM B OTACIBHBIE TOJIBI
AHOMAJBbHOE yBEIWYCHHE O0BheMa MEPHCTEMBI MOXXET BO3HUKATh Kak
¢usronornueckoe (HEHACIEAYEMOE) YKIOHEHUE, KOTOPOE Y MHOTOJETHHX
pacTeHHii MOXET B TMOCIEAYIOIUE TOJbl NPUXOIUTH B HOPMY. OITO
CBOWCTBEHHO KakK JIsi OJHOAONBHBIX, TaK W ISl IBYAOJIBHBIX OOBEKTOB, a
TaKXe JUIsl pa3HbIX cTaJni oHToreHesa (puc. 5).

Crnemyer OTMETHTH, 4YTO (acuuanmus BecbMa XapaKTepHa s
MOKPBITOCEMEHHBIX, - HO BpeMsS OT BpPEMEHH TaKXKe BCTpEUYaeTcs Yy
rOJI0CEMEHHBIX, Hampumep, y enu [73], caroBHUKOB [74].

[To Bcelt BummMocCTH, (acumanus COBEPIICHHO HE XapaKTepHa IS
CIIOPOBBIX PAaCTCHMU — HU 0a3bl HaydHBIX cTareil, Takue kak PubMed,nn
casloBast JINTepaTypa He cOOOIIAIOT O (acuuaIiy y KaKoro-i1noo Buja cpeiu
CHOpoBBIX. O4YEBHUIHO, YTO ATO CBS3aHO C MPUYMHAMH (aclHaIK. OHA
BO3HUKACT TMPH HAPYIICHUSIX KOHTPOJS MpoiudepaTuBHON aKTHBHOCTH
MEPUCTEMBI  OXHJAHHS, TOMOTPAaQUUECKH HAXOIIIICHCS TIOA 30HOU
AAKAJIBHBIX AHULHAIIEH [4]. Kaxk OBLIO CKa3aHOo BBIIIIE,
ManopOTHUKOBHIHBIE, a Takke Selaginella, ve o06magaroT BTOPUYHBIMU
M1a3MOJIECMaMH, COCIUHSIONIMMU PA3JIMYHbIE CIOW KIIETOK MEXKIY COOOi
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[28], 4Yro 3aTpymHSET CHMIUIACTUYECKYIO TMepelady CUTHAJOB B
MpocTpancTBe MepucTeMbl. KoHEUHO, OCTaeTCsi BO3MOXKHOCTD KJIACCUYECKOTO
amoruracTuueckoro curHanmmara mno tuny cucteMbl CLAVATA-WUSEL.
OnHako 3TOT BONPOC OCTAeTCss OTKPHITHIM. MckmoueHnem mMoriau Obl OBITH
OCTaJIbHBIE TUIAYHOBUJIHBIE, OJTHAKO cooOmeHnid 00 ux Qacruanum He
HMMeEEeTCs, BO3MOXKHO, B CBSI3U C TEM, YTO CaJOBOJbI UX HE KYJIbTUBHUPYIOT, U
HaOJII0/IEHUH IO 3TOMY BOMPOCY 3a IUNIAYHOBHUIHBIMH CIUIIKOM MaJo.

Opomtonust  cTpyktypel  IIAM 'y cocyaucTeix — pacTeHuUi
OTpeieIeHHBIM 00pa30M HampaBieHa OT MOHOIUIEKCHBIX [TAM (mmo Tumy
CIIOPOBBIX) K CUMILICKCHBIM U TyTuieKcHbIM [TIAM (o Tuny cemeHHbIX). [Tpn
3TOM MOHOIUIEKCHbIE [IAM C €QWHCTBEHHOW WHUILHAIIBIO, TO-BUAMMOMY,
obOnamaroT ropa3mo Oouybliell  AETEePMUHUPOBAHHOCTHIO B Pa3BUTHH.
KonTtponb (akTudeckn OCYIIECTBISETCS B CaMON amMKaJIbHON HHHUITHAIIH.
MOXHO MPeanoaoXuTh, 4To (acuuanus (yBenuueHrHe 00beMa MEPUCTEMBbI)
IpU TaKOM THUIIE PETyNIAlUd HEBO3MOXKHA. B ciiydae yTpaThl anmukaabHOM
WHUIMAINA pEreHepalus OKa3bIBaeTCs 3aTpyaHEHHOM. OOWnue mnepBUYHBIX
1a3MOJIECM, TMO-BUIAMMOMY, MOXKET MPEACTaBIATh  JIETKUH TyTh Ui
pacmpocTpaHeHUs] BUPYCHBIX HHPEKIIUU.

VBennueHue 4uciia UHULUAIECH MO3BOJIAET MOBBICUTh YCTOMYHMBOCTH
pa3ButTus K paznuuHbiM paktopam. Tak, y Selaginella kraussianarokasano,
YTO [OCJI€ PAJAMOAKTUBHOM OOJYYEHHH MEpUCTEMa MOXKET BpPEMEHHO
oOpa3oBaTh JBE WIHM JaXe dYeTblpe uHHIManU [25]. YBennyenue uucia
MHUIMANEeH B MEpPUCTEMax I10 TUIYy CEMEHHBIX IO3BOJSET CYIECTBEHHO
YBEJIMYUTh OOBEM CaMOM  MEPUCTEMBI, pa3NCTUTh (QYHKIMH KOHTPOJISI
o0beMa MEpPHUCTEMbL MEXHYy KJIeTKaMH, CYIIECTBEHHYIO 4YacTb H3 HHUX
nepeaaTh B OPraHUu3aiMoOHHbINA HeHTp (MepucTeMy oxkuaanus). [ToBeiaercs
pazHooOpaszue nposinepaTuBHOTO MTOBEICHUS WHUIIAAJIEH, ux
B3aMMO3aMEHIEMOCTh B Cilyyae NOBpEXIeHUs. Pa3BuThe CTaHOBUTCS B
0o0JbIIel Mepe PEryIsITUBHBIM.

BwmecTe ¢ ycrnoxxHeHUEM 30HUPOBAHUSI MEPUCTEMBI BO3HUKAET BOIIPOC
O COIJIaCOBAaHHOM MponuepaTUBHON aKTHUBHOCTH Pa3HBIX TPYII KJIETOK.
JIJist 3TOro CEeMEHHBIE PACTEHUSI HMCIOJIb3YIOT KOHCEPBATHUBHBIE CHUCTEMBbI
yrnpaBieHus: poctoM U auddepeHIUpoBKON. [TaBHBIMM CHUTHAJIBHBIMHU
MOJIEKYJIAMH B MEpPUCTEME CTaHOBUTCS KopoTkue mnentuasl u3 CLE-
CeMeiCcTBa, KOTOpbIE YK€ HCIIONb30BAUCH U1 KOHTPOJIs AuddepeHupoBKU
MPOBOASAIICH CHCTEMbI, B3aUMOACHCTBHSI C MATOTEHHOW U CUMOMOTUYECKOM
MUKpOQIIOpoH U B Ipyrux npoieccax. [lo-BuauMomy, nmyrem QyrInKaluu U
JalbHEUIe  UBEPTeHIIMM TEHOB TOSBHIWCH  CHEHU(PUYESCKHE IS
anyMKadbHBIX MEPUCTEM CUTHAJbHBIE MENTHAbI. JTO, B CBOIO OuYepellb, HE
MOIJIO HE OTPa3UThCsl Ha PEUENTOPHBIX CHUCTeMaxX, BOCIPUHUMAIOIINX
curHayibHbBIC TienTuibl. OHa U3 BeTBei 3Bostonnn LRR-pernentopHpx kuna3
CHenuaIu3upoBajach Ha BOCHPHUSITUM CUTHAJIOB B MepucTeMax. Y
MOKPBITOCEMEHHBIX YK€ HaOmogaeTcsi TyOinHMpOBaHUE CHCTEMBI peEleHINU
CHTHAJIa, YTO TOBBINIACT HAJCKHOCTh IPU PYHKITUOHUPOBaHUH [4].
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[TapannensHo ABOJIIOLIMOHUPYET u cucTema KITFOUEBBIX
TPaHCKPUMUUOHHBIX  ¢akTopoB  WOX, mnepexIovaonmx  KpyIHbIe
IpOrpaMMbl pa3BUTHS. Y HEKOTOPHIX BUIAOB IOJIOCEMEHHBIX OJMH M TOT XKe
rer WUS/WOX5yuactByeT B KOHTpoJie kak oobema [TAM, Tak u oObema
KopHeBoro amekca. IIpu 3TomM OH paGoTaeT B pPa3sHOM <TOPMOHAJIbLHOM
KOHTEKCTE». B CIy4ae KOpPHS Yepe3 MOKOSIIMICSI UEHTP MPOXOAST MOILIHbIE
MOTOKH ayKCUHOB, TOT/1a Kak B [IAM OHM HE TOXOAST 4O OpraHU3alMOHHOTO
LHeHTpa. <« OpPMOHAQJIBHBIM KOHTEKCT» IIO3BOJISET BKJIOYATh  Pa3HbIC
IporpaMMbl pa3BUTHsSI B KOPHEBOM M I0OOEeroBoM amekcax. VHTepeceH
NpUMEp €U, Y KOTOPOM MPOM30IUIO YABOCHUE M TUBEPreHIUS T'€HOB Ha
PaWUS u PaWOX5, omgnako aktuBHOCTE PaWOXS5 mno-npexnemy
BBISIBIIICTCS KaK B KOPHEBBIX, TAaK M B TIOOETOBBIX arnekcax [26].

I'myOokasi crneuuanu3anusi 3TUX TPAHCKPUIIUOHHBIX (AKTOPOB Yy
MOKPBITOCEMEHHBIX MPHUBOIUT K TIOSBICHUIO JBYX ABTOHOMHBIX CHCTEM:
CLAVATA-WUSHEL gns mo6era u CLE-WOXS5 nns xopusi. Tenepp nx
(GYHKIIMOHUPOBAHHE MOXET OBbITh HE3aBUCUMBIM OT <TOPMOHAIBHOIO
KOHTEKCTa», W nauddepeHIMpoBKa KOPHEBOTO M IMOOETOBOIO  MOJIOCOB
CTaHOBUTCS elle 0ojiee BHIPAKCHHOW, M caMa CHUCTeMa PErYILIIUH o0beMa
anuKaJbHBIX MEpUCTeM ycioxkHsercs. [lepBuuHBIE CHUMILIaCTHYECKHE
KOHTaKThl ~ OCHAONSIOTCS, M aKINEHT [MEPEHOCUTCS —Ha  BTOPHYHBIC
IUIa3MOJIECMBI, YTO  TIO3BOJIIET OpPraHM30BaTh pPETyIANHI0  oObema
MEpPUCTEMBI Jak€ B Cily4yae, €CJIM OHa COCTaBleHa T'€HETHYECKHU
Pa3HOPOAHBIMU KJIETKaMHU. B0O3MOXHO, MpH 3TOM YCHJIMBAaeTCs 3alluTa
[EHTPATBHOW 30HBI M OPTaHU3AIMOHHOTO IICHTPA MEPUCTEMBI OT BUPYCHBIX
UH(pEKIHi, YIIy4qIIaeTCst KOHTPOJIb 3a (GyHKIIMOHUPOBAHUEM
CUMILJIACTUYECKUX JOMEHOB B MEPHUCTEME.

B cuny crioxHOW opraHuzaldd B PEryJSIIUM  KOJUIEKTHUBHOMN
nposddepaluy KIETOK BO3MOXKHBI HapylleHus. B ciydae ocnaOnenus
curHanpHOM BeTBH OT CLE x WOX mnpoucxomut yBenudeHue oObema
mepucTeMbl ((acuumaiius), a B cliyyae HapylieHHs OOpaTHOrO CHUTHAjga OT
WOX k CLE — ymMmeHblIeHHE 00beMa MEpUCTEMbl. MOIYISIUS yPOBHS
000MX CHTHAJIBHBIX TYTEH TO3BOJIIET CEMEHHBIM pACTEHUSM CO37aTh
00Jb11I0€ PAa3HOOOpA3HE MEPUCTEM, 3AMETHO PA3JIMYAIOIINXCS 10 pa3MepaM U
crenieHd UG GEpPeHIUPOBKN  OTAEHbHBIX 30H. [lpm 3TOM  mOCHE
crienaau3aniy TpaHCKpuniroHHbX ¢daktopoB Ha WUS 1 WOXS5 pasmep
KOpHEBOM ¥ TMOOEroBol amnuKaJbHBIX MEPUCTEM MOXET B Ipolecce
SBOJIIOLIMM MEHSITHCSI HE3aBUCUMO.

JlomoJTHUTEIbHBIE BO3MOXKHOCTH JIaeT moydiuionau3aius (B ToM
yHclie — aJUIOMOJUIUIONAN3AIMS, XapaKTepHas s MHOTMX KYJIbTYPHBIX
pacrenuii). Tak, y Zea maySrpaHCKpUIIIMOHHBIC (aKTOPBI MPEICTABICHBI B
aByx komusax: ZMWUSlu ZmWUS2.1Ipu stom ZMWUSI noka3biBaet
naTrepH skcrpeccuu, Omuskmii k AtWUS (B opraHu3allMOHHOM IIEHTpE
ITAM), Torma kak skcmpeccust BToporo reHa — ZmWUS2— mpuypodcHa
KpasiM JINCTOBBIX mpumopaueB [47]. Tlo-BuauMoMy, B MPOIECCE 3BONIOIMU

-43 -




BecmHuk Tel'Y. Cepus "buonoaus u akonoaus”. 2013. Boinyck 32. Ne 31.

BO3MOKHO BO3HUKHOBEHHE HOBOTO PETyJsTOPHOTO KOHTYpa, KOTOPBIA OyaeT
paboTaTh B KOHTpOJiEe pa3BUTUS JHUCTa. Kpome TOro, HapyimieHus B
perynsiiuu oobeMa [TAM mOJDKHBI BOSHUKATh B Pe3yJbTaTe CEJCKIIMOHHOM
JeSITeTBHOCTH YelloBeKa (MPU OTJaICHHON THOPUIN3AIINH).
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SHOOT APICAL MERISTEM:
THE CO-EVOLUTION OF STRUCTURE
AND OF CELL PROLIFERATION GENETIC CONTROL

E.A.Bykova, E.A. Labunskaya, Y.V.Kosenko, V.V.Choob

Moscow State University

Shoot apical meristem (SAM) produces the initial cells for all the tissues in
the plant shoot system. Land plant evolution was accompanied by changes in
the SAM cell arrangement, i.e. by the enrichment of the number of apical
initial cells, by the initial cell shape evolution, by differentiation of separate
functional zones of SAM. The increasing complexity of SAM is correlated
with reorganization of the whole plasmodesmata net, as well as with free
secondary plasmodesmata development. In different taxa the interaction of
some homologues of CLAVATAL, 2, 3 and WUSHEL genes regulates the
cell number in shoot and root apical meristems by the control of cellular
division rate. The evolutionary trend from Gymnosperms to Angiosperms was
marked by the WOX-family gene function specialization. We observe both
spatial (different WOX-gene expression in shoot and root apical meristems)
and temporal (WOX-gene expression on different stages of ontogenesis)
specialization. Gene family CLE is widely spread in seed and spore plants and
contains the CLAVATA 3 homologues. The functions of this gene family are
not restricted to the meristem proliferation control. The receptor complexes,
composed of CLV1-CLV2, CLV2-RPK2, are widely distributed among spore
and seed plants, whereas CLV2-SOL2/CRN complex appeared to be the
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evolutionary innovation of Angiosperms. Thus Angiosperms evolved the most
complex regulatory network in SAM development control. Any dysfunction
in this net leads to stem fasciation. This phenomenon is well-documented for
Angiosperms and Gymnosperms, but is not observed in spore plants until
now.

Keywords:shoot apical meristem, fasciation, genetic control of development,

plant morphogenesis
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