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ITocTossHCTBO ITyJIa CTBOJIOBBIX KJIETOK allMKAILHOUM MepUCTeMHI ITobdera Arabidopsis thaliana obecriednBa-
€TCSI CUCTEMOM TeHETUYECKOM PEryysiliuu ¢ OTpULIATEIbHOM 00OpaTHOM CBSI3bl0, OCHOBAHHOI Ha B3aMO-
nerictBum reHa WUS, monaep:KuBalolero HeAeTepMUHIPOBAHHOCTD KJIETOK, ¢ TeHaMu CLV, orpaHndmBa-
IOIMM YPOBEHbL dKcHpeccuio reHa WUS u pa3Mmep IyJjia CTBOJIOBBIX KJIETOK. MyTalyu ¢/v NpuBOIUT K yBe-
JIMYEHUWIO TIyJia CTBOJIOBBIX KJIETOK B alMUKaJIbHOW M (iopaibHOl MepucTteme, a MyTalusi wus — K
MpoTUBONONOXHOMY 3ddexTy. MyTtanus na (nana), Takxxe Kak U MyTallvsi wus, BbI3bIBAET MPEXIEBPEMEH -
HYIO TEpMUHALIMIO (DyHKIIMM alTMKILHON MEPUCTEMBI ITO0era, XOTsI He BIUSIET HA aKTUBHOCTh MEPUCTEMbI
1BeTKa. 1151 BeIsICHeHUsI poJiu TeHa NA B KOHTpoJie (yHKIIMOHUPOBaHUS alliKaJbHOI MepUCTEMBI mobera
HnccienoBaHo B3aumopeiictBue reHoB NA u CLV. AnnuTuBHBIN (GESHOTHUIT IBOMHBIX MYTAaHTOB na clvl,
na clv2-1v na clv3-2 cBUIETENBCTBYET O TOM, YTO TeH NA BHOCUT HE3aBUCUMBI BKJIaJ B KOHTPOJIb (PyHK-
LIMOHUPOBAHUS alUKaJILHOW Mepuctembl robera. [Ipenmnonaraercs, 4to reH NA ocylIecTBJIsIeT KOHTPOJIb
npoaudepaum KJIEeTOK alfMKaJbHOW MepUCTEeMbI Todera Mpu Mepexoje pacTeH!Wil Ha perpoayKTUBHYIO
CTaIMIO Pa3BUTHUSI, NEMCTBYS 3HAYUTEILHO MO3Ke U HE3aBUCUMO OT cucTeMbl reHoB WUS—CLYV.

Knwuesvie crosa: pazBuTue mobera, anmMKajibHas MEpUCTeMa, CTBOJOBBIC KJIETKU, MYTaHTHI, Arabidopsis

thaliana, TeHHbIE B3aMMOICICTBUSI.
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BBEAEHWE

PazBuTne Ham3eMHOI 4acTW OpTaHW3Ma BBICIINX
pacTeHUil CcBsI3aHO C (DYHKLIMOHHPOBAHUEM allu-
KalbHOM MepucteMbl (AM) mmobera u comepKaiimM-
Csl B ee LIEHTPAJIbHOI 30HE ITyJIOM CTBOJIOBBIX KJIETOK
LleHTpanbHYIO pOJIb B MOAAEPXaHUU CTBOJIOBOCTU
KieTok AM mobera y MonenbHOro pacteHust Arabi-
dopsis thaliana (L.) Heynh. urpaer ren WUSCHEL
(WUS), skcnpeccupyloliiiicss B OpTraHU3YIOIIEM
nentpe AM (Laux et al., 1996; Mayer et al., 1998).
IIponykT rena WUS nepemeniaeTcs B BBIIIEIEKAlIIIe
KJIETKU, TOAAEPXUBasi UX HeASTEPMUHUPOBAHHBIM
craTtyc (COCTOsIHME CTBOJIOBOCTH). KpoMe Toro, reH
WUS wnnyuupyer oskcrnpeccuio reHa CLAVATA3
(CLV3), cBa3biBasich ¢ ero mpomoropoM (Yadav et al.,
2011).

CLV3 xogupyeT HeOOIbIION CEKPETOPHEBIM O€I0K,
CBsI3bIBaOIIMICS ¢ perienTopHoit KuHazoir CLVI u
peuenTop-1onooHbIM 6eakoM CLV2, 1o mpuHIUILY
murana-penenTtop (Clark et al., 1997; Fletcher et al.,
1999). ITomumo storo 6enok CLV3 cnocobeH dop-

MUMpPOBATh JIUTaHI-pelieNTOPHbIe KOMILIEKCH ¢ CLV2
u peuentopHoit knHazoii CRN (Muller et al., 2008)
6e3 yyactust CLV1, a Takke ¢ pelenTop-I1og00HOM
kuHazoii RPK2/TOAD2 (Kinoshita et al., 2010). Pe-
nenrop-nogooHas kuHaza CRN Takke HeoOxoguma
ot oopazoBanust komruiekca CLV1 u CLV2 (Zhu
et al., 2010; Bleckmann et al., 2010). Tpu o6pa3yio-
LIMXCSI TPaHCMEMOpPaHHBIX KOMILUIEKCa AEHCTBYIOT
HE3aBUCHMO IPYT OT Apyra U OKa3bIBaIOT perpeccu-
pytouiee Bausgsane Ha WUS. CucreMa TeHeTUIEeCKOM
peryassuun WUS—CLV ¢ orpunarenbHOl 0OpaTHOM
CBSI3BIO CTTOCOOHA GBICTPO KOMITEHCHPOBATh 3HAYM-
TeJIbHbIE KOJIEOaHWS B YPOBHSIX IKCITPECCHUM €€ KOM-
TIOHEHTOB M OKa3bIBaThb BIUSIHUE Ha Mpoarudepalunio
kietok AM mobera (Reddy, Meyerowitz, 2005;
Muller et al., 2006; Yadav et al., 2010).

ITomumo reHoB cuctemsl WUS—CLV BbIsIBJIEH 1i€-
JIBIA psif JONOJHUTEIbHBIX KOMIIOHEHTOB, OOJIb-
IIMHCTBO M3 KOTOPBHIX MOAYJIHUPYIOT 3KCIPECCHUIO
TUX LIEHTPAIbHBIX PETYJISITOPOB IIyJa CTBOJOBBIX
kieTok (Anbbept, Exxosa, 2013; Barton, 2010; Yadav
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et al., 2013). Tem He MeHee, CylIeCTBYIONIAsT KapTUHA
IeHETUYECKON PEeryisiiuu Jajeka OT 3aBeplICHUS.
Tak, HanpumMmep, HET UH(MOPMAIIUU O TEHETUUECKOM
PETYJISLIMU TEX CTPYKTYPHBIX U JUHAMUYECKUX TIpe-
obpazoBaHuii AM, KOTopble HaOJIOJAIOTCSI Y CaMbIX
pa3HbIX BUIOB pAacTEHUIl IpU Tepexojae Ha pernpo-
NYKTUBHYIO CTaiul0 pa3BuTUs. BaxHelmwmmu wus
9TUX TIpeodpa3oBaHUl, HEOOXOAUMBIX IJIsl yCHelll-
HOI penpoayKIIMU, SIBISIOTCS cleayoiiue: AM 1Be-
TOHOCA yBeJIMUMBAeTCsl B 0ObeMe M0 CPaBHEHUIO C
BEreTaTUBHOM, a KJIETKU LIEHTpajJbHOI 30HBI (CTBO-
JIOBbIE KJIETKU) MPUCTYIAIOT K aKTUBHBIM JICJICHUSIM,
XOT$1 B BEreTaTUBHOM areKkce OHU AeISITCS PEAKO, Kak
M TOJIOKEeHO cTBoJIOBbIM KieTkaM (Kwiatkowska,
2008). JI1s BBISIBJEHUSI TE€HOB, KOHTPOJUPYIOLINX
3TU Tpeodpa3oBaHusa AM 1obera, HeOOXOIMMO KC-
cJieloBaTh MYyTaHTbl C HOBBIMU MOP(OI0TrMYeCKUMU
OCOOEHHOCTSIMU.

[MTonrynoMuHaHTHas1 KapJuKoBasi MyTallUsl nana
(na) A. thaliana n3 xonmnekunu Kadeapbl TeHETUKU
MTIY nm. M.B. JlomoHOCOBa BbI3BIBaeT (GOpMHUPOBa-
HIE YKOPOUYEHHOTO LIBETOHOCA (Y TeTepO3UToT — B 8—
13 pa3 B cpaBHEHHMU C JUKWUM TUITOM) 3a CUET COKpa-
LIEHUS] IJIUHbI MEXKAOY3JIM U YMEHBIICHUS 4MCIIa
y3JIOB. YKOpOUYEHUE MEXKIO0Y3JIUii MyTaHTa na CBsI3a-
HO C YMeHbIIIeHHeM pa3mepa kiretok (ExxoBa u ap.,
2002; JIebenena u np., 2005) 1 He BOocCTaHABIUBACTCS
o[ AeMCTBHUEM DK30reHHOro ruooepesnuna (Exona
u ap., 1997, 2002). B AM uBeToHOCa MyTaHTOB ha
YMEHBIIIEHUSI pa3MEpPOB KIIETOK OTHOCUTENIbHO M-
KOTro THUITa He HaOmogaeTcsa. TeM He MeHee, pa3Mep
AM reTepOo3UroTHLIX pacTeHU na B 2—3 pa3a MEHb-
e, yeM y pacreHuii gukoro tumna (ExoBa m ap.,
2002), 4TO CBUAETENBCTBYET 00 yyacTuu reHa NA B
peryJisiliui padMepa IIyjia CTBOJIOBBIX KJIETOK WU
npoindepaTUBHON aKTUBHOCTHU KJIETOK AM mobera.
151 TOro, 4TOOBI BBIICHUTD, NEHCTBYET JIU TeH NA Ha
3TU NpOLECCH, Biausisa Ha cucteMy WUS—CLYV, HeoO-
XOIUMO M3YYUTh B3auMojeiicTBue reHa NA ¢ paHee
uccaeIoBaHHBIMM reHaMu. Llenmbio maHHOI paOdoOThI
SIBJISIETCST aHAJIM3 BO3MOXKHBIX B3aUMOJIeICTBU TeHa
NA c renamu CLV1, CLV2u CLV3 ¢ IOMOIIbIO U3y4e-
HHSI OCOOCHHOCTEMN Pa3BUTUS U CTPYKTYpHl AM mo-
Oera pacTeHUII JBOMHBIX MYTaHTOB na clvl, na clv2-1,
na clv3-2.

MATEPHAJIBI U METO/bI

B paboTte ncnoyib3oBaHbl MyTaHTHI A. thaliana n3
KOJUIEKIMU Kadeapbl reHeTuku MI'Y — na (iuHus
K-164), clvI (nunus K-205) n ABRC — clv2-1(CS46)
u clv3-2 (CS8066). [eTepo3UroTHLIE PACTECHUS MY-
TaHTa na, TPOLIeAIIero 3 BO3BpaTHBIX CKpelBaHUS
¢ poautenbckoit pacoir Enkheim-M (unus K-2),
CKpeLIMBAJIM C TOMO3UTOTHBIMU MyTaHTaMu c/v U B
F2—F4 orGupanu pacteHus1, KOTOpbIE ObLIU TOMO3U-
roTaMu Mo MyTalUsIM ¢/v 1 TOMO- U TeTePO3UTOTHbI-
MU T10 MyTaluu xa. JAnsa ynaneHus 3deKra reHeTH -
yeckKoro (poHa JBOMHbBIE MYTaHThI na clvl v na clv2-1
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BO3BpPAaTHO CKpELIMBaIN ¢ MyTaHTOM na u B F2—F3
BHOBb OTOMpa/ii ABONHBIX MyTaHTOB. ITOCKOJBKY
myTauwms clv3-2 (CS8066) Gbuta morydeHa Ha OCHOBE
JuHuM Ler, conepxaiieil MmyTauuio er, TECHO ClEM-
JICHHYIO ¢ c¢lv3-2, nBoitHOII MyTaHT na clv3-2 Bcerma
ObLT TOMO3UTOTEH MO er (10 CyTH, MPEACTaBIIsI CO-
001 TPOITHOI MyTaHT). B CBSI3M ¢ 3THM 17151 KOPPEKT-
HOT'O CpaBHEHUSI C ABOWHBIM MyTaHTOM #a clv3-2 uc-
MOJIb30BAJIM PACTEHUI MyTaHTa ha, C MyTallMel er,
BblAeNieHHble U3 F2 OoT ckpemmBaHus na ¢ JUHUENH
Ler. s aHanm3a MOop@dOJIOTUU pacTeHUST BhIpaIIn-
BaJii B CMeCH MOYBBI U necka (2 : 1) B yCJIOBUSIX TEI-
JINLIBI HA ITMHHOM JHe (16 4 cBeT/8 4 TeMHoOTA). J11st
aHaJM3a BeTeTaTUBHBIX AM pacTeHUsI BBIpalInBaIn
B CTEpPUJIBHBIX YCJIOBUSIX Ha YalnkKax [letpu.

CbheMKM pacTeHU MPOBOAVIIN IUPPOBBIM (pOTO-
anmapatoM “Canon” (SImoHust) moa GMHOKYISIPOM
Stemi 2000-C (Iepmanwms). JleTaiabHBII aHAIU3
CTPYKTYPbI OPTaHOB MPOBOAWJIN C TIOMOIIbIO CKaHU-
PYIOIINX 3JEKTPOHHBIX MUKpPOCKOIOB JSM-6380LA
n COM S-405A (bupwm Jeol u Hitachi, SAnonus, co-
OTBETCTBEHHO).

ArnmkanbpHbIe MepucTeMBbl 11 COM BBIIENSIIN U3
pacTeHu# Ha cTaauu 0Opa30BaHUSI BTOPBIX B3POCJIbIX
JIMCThEB M Ha CTaAuu Havajia uBeTeHusi. OOpasliibl
nHKyoupoBaiau B pactBope 70% staHona 16 4 mpu
4°C. Jlanmee o6pa3nbl IEpeHOCHIN TOCIEA0BATEILHO
B pactBophbl aTaHona 80% — 10 MuH, u aBaXabl 95%
ata”Hoja — 1o 30 muH. [anee o6pa3ibl MTHKyOMpOBa-
JIU B cMecu 3TaHoi 96% : aueron 50% (1 : 1) B Teue-
nue 30 muH 1 B 100% arieToHe B TeueHue 2-X 4. Bricy-
IIEHHbIE 00pa31lbl MPUKPETUISIM K METALINYeCKUM
CTOJIMKAM, HAITBLISLIA CMEChIO MaJUTaaus U TUIaTUHBI B
noHHoM Hanbuiutese IB-3 (“Eiko”, SIinmoHust).

PE3YJIBTATbI U OBCYXIEHUWE
AHaauz mopghonoeuu nobeea 080LHbIX MYMAHMOE

B3pocibie pacTeHUsI IBOMHBIX MYTaHTOB #a clvl,
na clv2-1 v na clv3-2, kak 1 pacTeHUs1 OTUHOYHOTO
MyTaHTa na SIBISIOTCS KapaukKaMu. Y pacTeHui clvl,
clv2-1u clv3-2, reTepOo3UroTHBIX MO MyTallUU Aa, TI0-
MHMO YKOPOYEHHOTO TJIaBHOTO LIBETOHOCA, BHICOTA
KOTOPOTO He ITpeBbIniajia 4 cM, (oOpMUPOBATINCH MHO-
rOYHMCJICHHBbIE PO3ETOUYHBIE TTO0ErH, KOTOphIe Tpuaa-
BaJId PacTeHUsSIM KycTooOpa3Hyio ¢opMy (puc. la).
VY pacrenuii clvli, clv2-1u clv3-2, TeTepO3UTOTHHIX 110
MyTallUY na, Ha [JIABHOM LIBETOHOCE OOpa3oBbIBA-
JIoch OT 3 10 7 LIBETKOB, IOCJE Yyero rober mnpekpa-
man pasutue. OTMETUM, YTO HU Y POIUTEIIHCKUX
¢opM, HI Y IBOMHBIX MyTaHTOB 00Opa30BaHUS TEPMU-
HaJIbHBIX LIBETKOB He HaOaoganock (puc. 16—1r), T.e.
TepMUHALIMS Pa3BUTHS LIBETOHOCA CBsI3aHa HE C IIpe-
oOpa3oBaHNEM aNTMKaJIbHOM MEpPHMCTEMBI Imodera BO
(opanbHy0, a ¢ TIpeKpallleHueM ee aKTUBHOCTH.

VY pacreHuii c/v3-2, reTepO3UroTHBIX MO MyTalluU
na, Ha I1aBHOM LIBETOHOCE MHOTIa 00pa30BbIBAIOCH
110 15 IBETKOB. DTO He OBLIIO CBS3aHO C YBEJIMYSHUEM
BBICOTBHI IIBETOHOCA, HO OOBSCHSIOCH SIPKO BbIpa-
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Puc. 1. OcobeHHOCTH MOP(OTOTUM ABOMHBIX MYTaHTOB na clvl, na clv2-1v na clv3-2: (a) — oOumii BUI pacteHuit (cieBa—Ha-
MpaBO) OAMHOYHOIO MyTaHTa c/v 1, reTepO3UTOThI #a U IBOMHOTO MyTaHTa c/v /, reTepo3UroTHOro o MyTaiuu na; (6—r) — rjaaB-
HBIe LIBETOHOCHI MyTaHTOB c/v 1, clv2- 11 clv3-2, COOTBETCTBEHHO, TETEPO3UTOTHBIX IO MyTallMU #a (CTPEIKU YKA3bIBAIOT Ha alleK-
Chl); () — CKaHUPYIOIIAsT SJICKTPOHHASI MUKPOCOITHsI (haCIIMMPOBAHHOTO IIBETOHOCA ¢/v3-2, TETEPO3UTOTHOTO 1O MYTAILIMH A,
(e—3) — CTPYYKHU ABOMHBIX MyTaHTOB na clvl, na clv2-1u na clv3-2, coorBerctBeHHO (I — na, 2 — NBOITHOM MyTaHT, 3 — clv).
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XXeHHOoM (paciuaimeii crednsa (puc. 1r, 1a), Kotopas
SIBJISIETCSI XapaKTEepHOI OCOOEHHOCThIO OAMHOYHBIX
myTaHTOB c/v3 (Clark et al., 1995).

Y OIMHOYHOTO MYTaHTa nd U3MEHEHUS CTPOCHUS
BeTKa U (pOpMbI CTpydKa MO CPABHEHUIO C IUKUM
TUIIOM MbI MpPAaKTAYECKU He HaOmomaau. Y Bcex
JIBOMHBIX MYTAHTOB YBEIUUYNBAIOCH YMCJIO TIJIOA0IH -
CTUKOB B CTpydKke (puc. le—13), 4To XxapakTepHO I
MyTaHTOB clvl, clv2 u clv3 (Clark et al., 1993, 1995;
Kayes, Clark, 1998).

[oMo3uTOTHEIE JBOWHBIE MYTaHTBI naclvl,
na clv2-1 v na clv3-2 oGBIYHO HE 3alBeTalN, KakK U
OIWHOYHbIE TOMO3UTOTHl na. Penkoe TmosiBaeHUE
IIBETKOB Yy ~5% TOMO3UTOTHBIX pacTeHWit na clvl,
nachv2-1n ~10% na clv3-2 Bce Xe OBIIIO BO3MOXHO
Oiaromapsi pa3BUTHUIO LIBETOHOCOB B IT1a3zyXax po3e-
TOUYHBIX IUCTheB. [IpryeM, JIMHA TAKUX IIBETOHOCOB
He mpeBblaia 1.5 cM, ¥ UX pa3BUTHE MIPEKPaLIaIoCh
nocie opmupoBaHusi 1—3 IBETKOB, KaK U Y OIM-
HOYHBIX ToMo3uroT na (Exosa u np., 2002). Takum
obpaszom, myraumu clvl, clv2-1n clv3-2 He cTTOCOOHBI
BOCCTaHOBUTb POCT CTEOJISI MyTaHTa Ad.

AHanu3 cmpyKkmypui anukanbHoll mepucmemsi nobeea
06O HbBIX MYMAHMO8

J17151 TOrO 4TOOBI BEISICHUTH, CBSI3aHO JIM aHOMaJTh-
HOEe pa3BUTHUE 1IBETOHOCOB JBOWHBIX MYTaHTOB C
yMeHbIlIeHeM pa3zMepa AM, XxapaKTepHBIM IS My-
TaHTa na, TIPOBEJEHO M3YyUYeHUE CTPYKTYpHl UX AM
nobera Ha ABYX CTaIUsIX Pa3BUTUSI — IOBEHWJIbHON U
PENPOAYKTUBHOM. YCTaHOBJIEHO, UTO B OTJIMYME OT
JIMKOTO TUIIA Y TOMO3UTOT #a AM BereTaTuBHOTIO I10-
Oera 1ociie popMupoBaHUS 3-X Map HACTOSIIMUX JIU-
CTBEB CYILIECTBEHHO YMEHBIIIACTCS B pa3Mepe MU T10JI-
HOCTBIO MCYe3aeT. YMEHblIeHue pasMepa AM MmoxeT
HaOIIoMaThesl U Tocie (popMUpPOBaHUS 2-X MHap Jv-
CTbEB, BCJICACTBYEC Yero mocjeaytoiime (BepxHue) po-
3€TOYHbBIC JIUCThS UMEIOT MEHBIIINE pa3Mephbl U aHO-
MaJIbHO Y3Kyl0 ¢opMy. TeM He MeHee, o0lliee Y1CIo
JIUCTBEB B PO3ETKE TOMO3UTOT #d HE OTINYACTCS OT
TaKOBOI'O y pacTeHMil gukoro tuiia. Ha puc. 2a, 20
MOKa3aHbl BEPXYILIKU TJIABHOTO 1T00eTa I0BEHUIbHBIX
pacTeH’it AUKOTO TUTIa U TOMO3UTOTHOTO MyTaHTa 1A
ocje yaajleHUs CeMSIIoJe M 2-X Iap HACTOSIIUX
JIACTBEB, COOTBETCTBEHHO. Y TUKOro Tuirta AM nmMmeer
KynoJjiooopa3Hywo ¢popmy (puc. 2a). ¥ myraHta AM
MOYTH IIJIOCKAsT, ¥ Mociie (POPMUPOBAHMUS ellle OTHOM
napbl JUCThEB (IMIPUMOPAUIA 5-0r0 JHUcTa yXke chop-
MUPOBaH, MPUMOPAUIA 6-0ro JIUCTa TOJIHKO Hameya-
eTcs1, puc. 20) oHa, HO-BUAMMOMY, MOJTHOCTBIO TIpe-
KpaTUT CBOe cyllecTBOBaHUe. TepMuHauust mysa
CTBOJIOBBIX KJIETOK U TpeKpalleHue MGYHKIIMOHUPO-
BaHUsI AM 1ocine (popMUPOBaHUSI HECKOIBKUX JIM-
CThEB PO3ETKU XapaKTepPHO IJIsk MyTaHTOB wus (Laux
et al., 1996), a TakxKe 11 PACTEHUI, SKTOIMMYECKHI
akcrnpeccupywimnx reH CLV3 (Brand, et al., 2000).
BroiaBienHble  0cOOEHHOCTH (DYHKIIMOHUPOBAHUS
AM 1mo6era ToMO3UTOT na OOBSICHSIOT TIPUIMHBI UX
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MOYTHA TIOJHOW CTEPMIBHOCTH, W TIOJTBEPKIAIOT
BaXKHYIO poJyib reHa NA B peryJisiiuy NoaaepKaHus
myJa CTBOJIOBBIX KJIeTOK B AM moo6era.

YV Bcex IBOMHBIX MyTaHTOB Ha TOM K€ CTaauM Ha-
OrogaeTcs yBeaudeHue oobeMa AM modera OoTHOCH-
TEIbHO OJMHOYHOIO MYyTaHTa Xa, OCOOEHHO CYIIle-
CTBEHHOE Y ABOMHBIX TOMO3UTIOT xa clvl u na clv3-2
(puc. 2B, 2r). BeretatuBHast AM 1BOMHBIX MyTaHTOB
na clvl n na clv3-2 obpasyet OoJjibllle TPUMOPINEB
JIMCTHEB (pUC. 2B, 2T), YTO XapaKTEePHO 11 MyTaHTOB
clvl u clv3-2. Tem He MeHee, yBeJIMUCHUE pa3Mepa
AM mnobera, BeI3BaHHOE MyTauusIMU B reHax CLV
(HeraTUBHBIX peryisaTopax reHa WUS) He BoccTaHaB-
JIUBaeT TpojudepaTUBHbIE CIOCOOHOCTU KJIETOK
AM [BOIHBIX MYTAaHTOB MOCJIE Mepexoda pacTeHU
Ha PEeNpOAyKTUBHYIO CTaauio pa3Butusi. Kak otMme-
YEeHO BbIlIE, OOJBIIMHCTBO PACTEHUU JBOMHBIX T'O-
MO3UTOT, KaK M PacTeHUIl OMMHOYHON T'OMO3UTOThI
na, He OBLIM CITOCOOHBI GOPMUPOBATH ITIABHBIN IIBE-
TOHOC. BOJBIIMHCTBO MOMOJHUTEIBHBIX MOOEroB,
00pa3yIoIIMXCs B Ia3yXaX PO3eTOYHBIX JINCTHEB, TaK-
K€ 3aKaHYMBAaJIM CBOE Pa3BUTHE, HE MEPEXOIs K 1IBe-
TEHUIO 13-3a TPeXAeBpEMEHHOU TepMuHanuu AM.
Takne AM MoTT UMETh OOJTBIIION pa3Mep, HO UMETN
YIUTOIIEHHBINA BUJI, HE XapaKTePHBINA 11 (PyHKIINO-
HaJIbHO aKTUBHBIX MepucTeM (puc. 21). Takum obpa-
30M, MyTallusl ©a BbI3bIBajla TEPMUHALIUIO PO de-
pauum KieTok AM, He3aBUCHMO OT €€ pa3Mepa.

AHanu3 cTpyKTypbl AM mnoGera pacteHuil clvl,
clv2-1n clv3-2 reTepo3uroTHBIX MO MyTalluU Aa T10-
Kasaj, 4yTo TTocJie Tiepexoaa pacTeHU Ha perpomayK-
TUBHYIO CTaguio pa3BuTus AM riaBHoro rmobera
(1IBeTOHOCA) COXpaHsyla KPYITHBIA pa3Mmep W ObLIa
crrocobHa GopMUPOBaTh GJIOpaTbHBIC TTPUMOPINN.
Hawnbomnee BoipaxkeHHoe yBeauuyeHre AM Habaoga-
JIoCh y MyTaHTa c/v3-2, TeTepO3UTroTHOTO 1Mo MyTa-
Y na. ATKaJIbHas: MEpUCTeMa MOJIOIOTO IIBETOHOCA
TaKMX pPaCTeHUI1 4aCTo IIproOpeTasa XapaKTepHYIO Bbl-
TIHYTYI0 (popmy (puc. 2¢), KoTopasi oOyciaaBIMBaja
pa3BuTHe (haclIMMPOBAHHOIO IBETOHOCca (puc. 11).
Pazmep AM 11BeTOHOCA OIMHOYHOTO reTePO3UTOTHO-
Tro MyTaHTa na ObUl B 2—3 pa3a yMeHbIIIeH 10 CpaBHe-
Huto ¢ gukuM tunom (Exxosa u np., 2002, puc. 3a, 30).

PaHee ObL10 TMOKa3aHO, YTO MyTallusl wus, KOTO-
pasi KaKk ¥ MyTallusl #a BbI3bIBACT PAHHIOIO TEpMUHA-
nnio AM 11o6era, amUcTaTUPYET MPOSIBJIEHUE MyTa-
uii clv (Laux et al., 1996; Schoof et al., 2000). B or-
JIM4re OT MYTallUM wus, MyTallusl na He BbI3bIBasIa
yMeHbIIeHusT pa3mepa AM mobera y MyTtaHToB clv
(puc. 2B, 2r, 211), HO IPUBOAMIIA K HAPYILIEHUIO MTPO-
Jmdepanuu Ki1eTok AM B 0OCTaHOBKE pa3BUTHS I10-
oera. IlomydyeHHble pe3ysbTaThl CBUIETEIILCTBYIOT O
TOM, YTO TeH NA ydacTBYeT B peryJIsiLiiu Ipoimdepa-
oy KiIeToK AM He3aBUCHUMO OT CHCTEMbl T'€HOB
WUS—CLV. CnocoOHOCTh TOMO3UTOT #a 00Pa30BBI-
BaTh TAKOE XK€ YMCJIO JIUCThEeB PO3ETKM, KaK 1 y pac-
TeHuit ucxomHoro skorurna (Exosa u ap., 2002) yka-
3pIBAa€T Ha TO, YTO TeH NA IIpOSBIISIET CBOIO aKTUB-
HOCTb Ha 0oJiee IMO3IHMUX CTaAUsSIX OHTOIeHe3a, YEM
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Puc. 2. CkaHupyonias 3JIeKTpOHHAasi MUKPOCKOITHSI alTMKaTbHON MepUCTEeMbI BETeTaTUBHOTO TIo6era (a—1) 1 1IBeToHOCca (€):
(a, 6, B, T) — AM riaBHOroO mmo6era, COOTBETCTBEHHO, TUKOT'0 TUIIa, TOMO3UTOThI #a; IBOMHOM TOMO3UTOTHI na clvl v na clv3-2;
(m) — AM 6oxkoBoro no6era na clvl; (¢) — AM 1uBeToHoca na clv3-2; 6apbl cootBeTcTBYIOT — 30 MKM (a—mx) u 100 MKM (e).
CTpenkamMuy NoKaszaHbl TPUIIMCTHUKY 4-0r0 yaJeHHOro JIMCcTa (MPUJIMCTHUKY BUAHBI U Ha puc. 20); uudpamu 5 0003HaYeHbI
MPUMOPIUU 5-0T0 JIUCTa; * — HAMETUBLUMIICS TPUMOP/IKii 6-0ro JTKcTa.

reHbl WUS n CLV, axcnipeccust KOTOPBIX HaOJIIogaeT-
cs1 yxe B amopuoreHe3e (Barton et al., 2010). ITo-Bu-
numomy, reHbel WUS u CLV nopgnep>KuBaloT rOMeo-
CTa3 myJia CTBOJIOBBIX KJIE€TOK B AM 1mobOera Ha BceM
MPOTSKEHUU OHTOreHe3a. [eH NA, neiicTBysl He3aBU-
cumo ot WUS—CLV, koHTpoMpyeT Iporudepanmnio

KJIETOK yXe cOpMUpOBaBIIEICS MEPUCTEMBI TJIaB-
HBIM 00pa3oM — MpU NMepexoie pacCTEHUI Ha penpo-
IYKTUBHYIO CTaaUIO pa3BUTUS (TIpU TpaHCchOpMalIn

BereraTuBHOU AM B AM 1iBeToHOCa).
Ien NA noka He KJIOHUPOBaH, U ITOJIyTOMUHAHT-
HBII XapakTep Hacleq0BaHMUs 3aTPYIHSIET Onpeesie-
OHTOTEHE3 Ne 5
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HHE ero opraHm3mMeHHou (PyHKUMHU. IeH NA, kak n
reHbl CLV, MOXET OCYIIEeCTBJISITh HETaTUBHYIO pery-
JISIIMIO TTyJia CTBOJIOBBIX KJIETOK (€Ci MyTalusl nda
MIPUBOIUT K M30BITOYHOCTH (pyHKIIMM TeHa). B To ke
BpeMsI, €CJIM MyTallMsl na BBI3BIBAET HapylleHUE
GyHKIUM TeHa (SBJISIeTCS TaK Ha3bIBaeMOM JOMMU-
HAHTHO — HeTaTUBHOI MyTalueit), To reH NA B pac-
TEHUSIX JUKOTO TUIIA MOXET BBICTYNATh B POJIM ITO3M -
TUBHOI'O peryJisitopa mnpojmdepaluu KIeToK AM,
T.€. ACMCTBOBATh Hanomoobue rena WUS n npyrux re-
HOB, TIOIJEPXKUBAIOIINX HEIETEPMUHUPOBAHHOCTh
kieTok AM mobGera. Heob6xoauMo, ogHaKoO, OTMe-
TUTh, YTO MyTallUs Ad, B OTJIMYNAE OT MyTalluid wus 1
cly, mpakTUdecKu He BIMSET Ha Mpoanudepanmio Kie-
TOK JopajibHOil Mepuctembl. CTpyKTypa LIBETKa
MyTaHTa #a W YUCJIO OPTraHOB HE OTJIMYAETCS OT AU-
KOTO THUIIa, B TO BpeMsI KaK MyTalluu wius 1 c/v BbI3bI-
BalOT, COOTBETCTBEHHO, YMEHbBILIEHUE WUJIU YBeJIude-
HUE YKCJIa OPTaHOB IIBETKA, OCOOCHHO ILUIONOJIMUCTH -
koB (Laux et al., 1996; Kayes, Clark, 1998). Takum
oOpa3oM, aericTBue reHa NA sBisieTcs 0oJiee Creu-
(GUYHBIM — OH peryJupyeT Hpojndepalnio KISTOK
AM 1nBeTOHOCa, HO HE BIMSIET Ha IpoJmepalaio
KJIeTOK (popadbHON MepucTeMbl. Bo3MOXHO, reH
NA otHOCUTCST K HOBOI TIpymIie T€HOB, KOTOpPBIE
YYaCTBYIOT B PETYJISILIMM CTPYKTYPHBIX Y TMHAMMUYE-
CKUX Ipeodpa3zoBaHuiit AM robera 1pu nepexoje Ha
PEIIPOAYKTUBHYIO CTaIUIO PA3BUTUSI, HO HE BIIUSIOT
Ha ¢yHKIMOoHMpoBaHue cucteMbl WUS—CLV.
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The Gene NANA Regulates Cell Proliferation in Arabidopsis thaliana Shoot Apical
Meristem without Interaction with CLV1, CLV2, CLV3
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4 Moscow State University, Moscow, 119992 Russia
e-mail: ezhova2001@mail.ru
b Tuva State University, ul. Lenina 36, Kyzyl, 667000 Russia
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Abstract—A constancy of stem cell pool in shoot apical meristem of Arabidopsis thaliana is provided by a ge-
netic regulation system with negative feedback loop based on the interaction of the gene WUS, which main-
tains indeterminate state of cells, with CLV genes, which restrict the level of WUS expression and stem cell
poolsize. c/lv mutations lead to an increase in the pool of stem cells in the apical and floral meristems and wus
mutation leads to the opposite effect. Mutation na (nana), like wus mutation, causes premature termination
of shoot apical meristem function, although it does not affect the activity of the flower meristem. To elucidate
the role of NA in the control of shoot apical meristem functioning, the interaction of NA with CLV genes were
investigated. Additive phenotype of double mutants na clvi, na clv2-1, and na clv3-2 indicates that the NA
gene makes an independent contribution to the functioning of the shoot apical meristem. It is assumed that
the NA gene controls apical meristem cell proliferation during the transition to the reproductive phase of
plant development, acting much later and independently of the genes WUS—CLV.

Keywords: shoot development, apical meristem, stem cells, mutants, Arabidopsis thaliana, gene interactions
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