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CTBONOBbBIE KNETKM — HeauddepeHUPOBaHHbIE KNETK MHOFOK/1eTOY-
HbIX OPraHN3MOB, CMOCOOHbIE AENUTLCA, CAMOOOHOBNATLCA U ANd-
depeHumpoBaTbca. HecMoTpA Ha CyLyecTByoLMe Pa3NNYnA CBOWCTB,
Y BCEX MHOTFOKJ/IETOUYHbIX OPraHM3MOB MOXHO BbIAENUTb 06LMe NPUH-
LMMbl CYLLEeCTBOBaHMA CTBOIOBbIX KNETOK. Y pacTeHMI CTBONOBbIe
KNeTKN Haxof4ATCsA B MeprcTeEMaXx — CTPYKTYpax, obecneyrBaroLwmx
HenpepbIBHbIN POCT pacTeHWA 1 NPeAoCTaBAILNX MaTepuran

InA 06pa3oBaHNA Pa3fNYHbIX CNELMaNM3NPOBaHHbIX TKAHEN.
BbigenatoT pasHoobpasHble TMMbl MepUCTeM: anuKasbHble — nobera

1 KOPHSA, naTepasnbHble (MPoKamouiA, KamOuiA, MEPULMKI), a TaKxKe

TaK Ha3blBaeMble HeperynapHble, pa3BuBaloLMeca Npu onpegeneH-
HbIX YCNOBUSAX (Kannyc, MepUCTEMbI CUMOMOTUYECKIX KIyOEHBKOB,
CMOHTaHHbIe 1 NaTOreH-NHAYLMPOBaHHbIE OMYXONU U T. A.). Ana Kax-
L0V N3 MepUCTEM BbIABIIEHDI CNeLMPUYECKE MEXaHN3MbI pPeryns-
Luu, ANA KOTOPbIX XapaKTepHO B3auMopecTere GUTOropmMoHOB

1 OCHOBHbIX Py TPAHCKPUNUMOHHBIX GaKTOpOB. AKTUBHOCTb
MepucTem o6ycnoBneHa ByMA NPOTVBOMOMOXHbIX MpoLeccamu:
nponudepaumen 1 CaMOOOGHOBIEHMEM CTBOJTOBbIX KIIETOK B LIeH-
TpanbHOW YacTn MepucTeMbl U AnddepeHLMPOBKON CreLnanm3npo-
BaHHbIX KNneTok Ha nepudepun. Cuctembl WOX-CLAVATA — KoHcepBa-
TUBHbBIV ANA Pa3HbIX MEPUCTEM PEryNATOPHBIA KOMMOHEHT, KOTOPbIN
obecneyrBaeT pasmep 1 NOCTOSHCTBO COCTaBa MEPUCTEMDI, @ TaKKe
6anaHc nponudepaunn n gudpepeHLUNpPoBKIN CTBONOBBIX KNETOK.

B 0630pe paccMOTpeHbI CXOACTBO 1 pasnnymne NprHLUMMNOB OpraHm3a-
LMW HULL CTBOJOBBIX KNIETOK Y PaCTEHUI 1 KMBOTHbIX, @ TakKe B pas-
HOOOPA3HbIX MEPUCTEMAX BbICLIVX PACTEHUIA; 0CO60e BHMaHNe
yaeneHo ponu cnctem WOX-CLAVATA B nogaepaHnv Mepuctem 1 nx
B3aMMOZLENCTBUIO C APYIMMU MEPUCTEMHBIMU PEryaTopamu.

KntoueBble cnoBa: cTBonoBble Knetku; mepuctembl; WOX; CLE-nenTuabl;
LRR-KMHa3bl; anukanbHble MepucTemMbl; KaMOWIA; NEPULMKA; Kannyc;
ONyXosu; KNybeHbKU.
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Stem cells are undifferentiated cells of multicellular
organisms that can divide, self-renew and differen-
tiate. Despite the differences of properties, general
principles of the existence of stem cells can be
distinguished in all multicellular organisms. In plants,
stem cells are found in meristems - the structures that
ensure the continuous growth of plant and provide
material for the formation of various specialized
tissues. There are numerous types of meristems:
shoot and root apical meristems, lateral meristems
(procambium, cambium, pericycle), as well as the
so-called irregular meristems, developing under
certain conditions (callus, meristems of symbiotic
nodules, spontaneous and pathogen-induced tumors,
etc.). For each of meristems, specific mechanisms

of regulation, which are based on the interaction of
plant hormones and the major groups of transcription
factors, were identified. The activity of meristems is
based on two opposite processes: proliferation and
self-renewal of stem cells in the central part of the
meristem and differentiation of specialized cells in
the periphery. WOX-CLAVATA systems are a regulatory
component conservative for different meristems

and providing consistency of the composition

of the meristem, as well as the balance of stem cell
proliferation and differentiation. In this review, we

will consider the similarities and differences between
the principles of organization of stem cell niches in
plants and animals, as well as in a variety of meristems
of higher plants; special attention will be paid to

the role of WOX-CLAVATA systems in maintaining
meristems and their interaction with other meristem
regulators.

Keywords: stem cells; meristems; WOX; CLE-peptides;
LRR-kinases; apical meristems; cambium; pericycle;
callus; tumors; nodules.



tBosioBbie KiIeTku (CK) — HemuddepeHuupoBanHbie

KJIETKH MHOTOKJIETOUHBIX OPTaHU3MOB, CIIOCOOHBIE

JIJINTHCSI TTIOCPEICTBOM MHTO3a, CaMOOOHOBIISITHCS,
o0Opasys nossle CK, u nuddepenunponarscs B crenu-
aIN3UpPOBAHHbIE KIETKU. TePMHUH «CTBOJIOBBIE KIETKI» OBII
npeanoxkeH B 1909 r. ructonorom A. MakCMOBBIM, BIIEPBBIE
OIUCABIIMM ['E€MOIIOITHYECKHE CTBOJIOBBIE KiIeTKH. [TomiMo
crocodHocTH K camooOHoBieHu10, CK 00magaroT cBOiCTBOM
MOTEHTHOCTH, T. €. CIIOCOOHOCTBIO J1aBaTh IIOTOMCTBO B BH/JIE
OIPEJICJIEHHOT0 KOJIMYECTBA THUIIOB CIEIHATU3UPOBAHHBIX
kneTok. B coorBercTBuM ¢ 3TuM CK XHBOTHBIX AENATCS
Ha TOTHIIOTEHTHBIE (OMHHUIIOTEHTHBIE), criocoOHbIe Tudde-
PEHIIMPOBATHCS B KIETKH AMOPHOHAIBHBIX TKaHEH; IUII0-
PHUIIOTEHTHBIE — IOTOMKH TOTHIIOTEHTHBIX, KOTOPBIE MOTYT
JlaBaTh HauyaJIo MPaKTHIECKU BCEM TKAHSIM, 33 HCKIIIOUCHHEM
SMOPHOHAJILHBIX; OJIMTOMIOTCHTHBIC, KOTOPBIEC MOTYT TU(de-
PEHIIPOBATHLCS JINIIb B HEKOTOPBIE OM3KHE TI0 CBONHCTBAM
THIIBI KJIETOK; M YHUIIOTCHTHBIC, MIIH KJICTKU-TTPEALICCTBCH-
HHILIBI, TAOIIME HAuaJIo OTHOMY OIPEIeJICHHOMY THITY KJIETOK.
YV JKMBOTHBIX TOTHIIOTEHTHBI KJIETKH, BO3HUKAIOIIUE TIOCIIE
TIEPBBIX JICIICHUN POOJICHNUS, KICTKH OJACTOLMCTHI Y)Ke He
PaBHOILICHHBI U IUIIOpUIIOTEHTHBI. KitoueBoe omnyne CK
pactenuii ot CK >XKMBOTHBIX — TOTHIIOTEHTHOCTh BCeX 0e3
uckmouenusi CK pacrenuii. bonee Toro, TOTUNMOTEHTHBI
Y pacTeHHii NPaKTUIECKH BCe )KUBbIe Ti(dhepeHIInpoBaHHbIE
KJIETKH, KOTOpBIE MOTYT 00peTats cBoiicTBa CK B mpomecce
nenuddepeHINpPOBKH — 3TO CBOWCTBO JISKUT B OCHOBE BBICO-
KO CIIOCOOHOCTHU PACTCHUH K PEreHEepaliu, COMaTHUCCKOMY
smbpuorenesy (C3) 1 BereTaTHBHOMY Pa3MHOKCHHIO.

HecMotpst Ha MMeronyecs: pa3jIuyusi CBOIMCTB, y BCEX
MHOTOKJIETOYHBIX OPraHM3MOB MOXHO BBIZICJIUTH 00IIUE
MIPUHIUIIBI CYIIECTBOBAHUS CTBOJIOBBIX KIIETOK:

1. BIcOKasi HIOTEHTHOCTh M OTCYTCTBHE MapKepoB JH(-
(hepeHIUPOBKH.

2. bonpmrasi MpoJOIKHUTENBHOCTD KIETOYHOTO ITHKJIA.
CTBOJIOBBIE KIIETKH JICNISITCS O4€Hb ME/IIIEHHO, [UTUTEIEHOCTD
KJIETOYHOT'O 1IMKJIa Y HUX TIOPOH B JIECSATKU Pa3 MPEBbILIAET
TAaKOBYIO B OKpY)KalOIIMX KieTkax. IIpm HOpMaibHBIX yc-
noBusix CK )KMBOTHBIX 1 pacTeHUIl HAXOIATCS B OCHOBHOM
Ha ctaguu GO. Tak, remonoatudeckue CK B HOpManbHBIX
YCIIOBHSIX JENATCS BCETo JIMIIb Kakaple 145 mueit (Trumpp
et al., 2010), ATUTETHPHOCTH KJICTOYHOTO IUKJIA Y KIETOK IT0-
KOSILIIErOCsI LIEHTpa KOPHEBOiT MeprcTeMsbl B 6—10 pa3 Oonblie,
4eM y okpysxarormx kietok (Msanos, 2007).

3. CriocobHOCTh K cCaMONOIEPKAHUIO M ACHMMETPUYHBIM
JIeJIEHUSIM, TIPU KOTOpBIX mpoayiupyetcs onHa CK u ogna
KJIETKa, BCTYMAIOIAsl HA ITyTh aKTHBHOTO JICICHUS U 3aTEM
npucTynaromas K auhpepeHnpoBke.

4. CymecTBOBaHHE B CIIEIIMAJIBHBIX KOMIIapTMEHTaXx,
MOCTABIISIIOINX CUTHANBI Juts noagepskanus CK, — Humax
CTBOJIOBBIX KJIETOK. TEpPMHMH «HHIIA CTBOJIOBBIX KJIECTOK»
BriepBbIe npe ok st remonoatuueckux CK R. Schofield
B 1978 . Huma CK onpenenena uM Kak «OrpaHUIEHHOE CIie-
[IUATTM3UPOBAHHOE MUKPOOKPYKEHHUE, KOTOPOE HHTETPUPYET
U OCYLIECTBIISIET MEKKJIETOUHbIE CHTHAJBI JJISl PEryJIsiLiuu
U TIOJI/IEP KaHMsl TOMEO0CTa3a MPUHAICKAIINX €1 CTBOIOBBIX
KIICTOK».

Ocuosuble Qpynkunu Humu CK crnenyronime:

* IIpenotBpamenne muddepennnposkn CK mytem mpemoxpa-

HEHHS X OT CUTHAJIOB AN PEepeHIINPOBKH, TOCTYTAOIINX
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W3 COCEIHUX TKaHEeW. Y KUBOTHBIX HUILY JJIs OIpeje-
nenHoro tuna CK MoXeT cocTaBlIsATh ONPEAEIEHHbBIN THIT
1 hepeHITPOBaHHBIX KIETOK, HAIIPUMED, HHIITY TeMOIIO-
stndyeckux CK coCTaBIsSiOT 0CTEO0IACThI, OCTEOKIACTHI,
ME3eHXMMalbHbIC MPEIIECTBEHHUKH, PETHKYISIPHBIC
kietkd (Trumpp et al., 2010). V xuBorHbeix HHma CK

MOXKET OCTaBaThCsl CBOOOIHOI U B JalIbHEHILIEM €€ MOTYT

3aHSTh HOBBIE KJICTKH; ITyCThIE HAIIN MOTYT CyI[ECTBOBATh

nezaBucumo ot CK n npu pancimantannu B Hux CK o0e-

CIIEYMBaTh UX HOPMaJIbHOE (DYHKIIMOHHPOBAHUE.

* Ob6ecreuenne camonoaaepxanns CK u mumTtensHOro mpe-
ObIBaHMS B COCTOSTHUY TIOKOSI. DTa 3a/1a4a HUIIH CBsI3aHa He
TOJIBKO C TojiepkanueM «3amacay CK, Ho u ¢ HeoOxonumo-
CThIO orpanmdeHus nponudeparun CK 10 MUHIMaTBHOTO
YPOBHSI, HOPMaJILHO TO/IIEP>KUBAIOIIETO TKAHEBOH rome-
octas. [[ns camonoanepxkanus CK qomKHBI OTy4ars OT
CBOETO MUKPOOKPY>KECHHS (HHUIIIN) OTIPEACIICHHBIE CUTHAIIBL.

» CozaaHue yciaoBuH A5l MakcuManbHOM 3amuiieHHoctd CK
OT HEOJIaroNPHUATHBIX BO3EUCTBHI. OTUACTH 3TH YCIOBUS
00eCcreunBaOTCs N30JIMPYIOIUMH CBOWCTBAMH HHUIIH, OT-
yacTH — cBoiicTBamMu camux CK: Tak, B HOKOSIIIMXCS TeMO-
nostudeckrx CK BbICOKast yCTOHUMBOCTD K MOBPEKACHHSIM
JHK nocrturaercst CHIpHON HHIYKITHEH 6emkoB pS3 u p21
(Mohrin et al., 2010).

Just pynxumonnposanust Hum CK HeoOX0a1MO MHOKECTBO
B3aMOCBS3aHHBIX MEXaHU3MOB: MEKKJICTOUHBIE B3aNMO/ICH-
ctBust CK apyr ¢ apyrom u coceranmu uddepeHmpoBaHHbI-
MM KJIETKaMH, (PU3UKO-XUMHYECKOE COCTOSTHHE OKPYKAIOIIEH
cpenbl ¥ T. 1. BakHy10 poib UrparoT Takxke TPAaHCKPUIIINOH-
uble haxropsl (TD), perymupyroniue sxcripeccuto reHos B CK:
TaK, QyHKIHOHAJIBHOCTB reMomnoatiudeckux CK miuexonura-
formx obecneunBarot 6osee 50 TD, 00pa3yromuX CIOKHYIO
perynsitopHyto ceth (Kosan, Godman, 2016).

Knerka, nokunysuiast Hunry CK, Bcrynaer Ha nyTs audde-
pernupoBku. Kpome Toro, CK He coBCeM OTHOPOTHBI BHYTPU
caMoii HUIIY. Y J)KUBOTHBIX B pesynbrare nenenus CK pator
HAaYyaJIo I0YePHUM KJIETKaM C KOPOTKUM KJICTOUHBIM IIUKIIOM,
KOTOpPBIC TIEPBOE BpeMsI MPEOBIBAIOT B TPEICIax HUIIHN. DTH
JIOUYEPHUE KJICTKH B PE3YIIbTaTe HECKOIBKHX ITOCIIEI0BATEb-
HBIX JIEICHUH CO3AA0T MOIMYJSAINIO TPAH3UTOPHBIX KJIETOK,
KOTOpBIE 3aTeM TpeBpamarTcs B Au(QepeHnnpoBaHHbIC
KJIETKH, BBIITOJTHSIONIHE CTIeHU(pUIECKHEe (GYyHKIMN B OPraHN3-
me. OOpazoBaHue O0JIBILIOTO KonuecTBa TuddepeHIpoBaH-
HBIX KJIETOK 00€CIEeYNBACTCS MIMEHHO 32 CUET PA3MHOKCHUS
TPAH3UTOPHBIX KJIETOK Mpu ManoMm uucie aeneHuit CK.
Bwmecre ¢ Tem mexxay CK u TpaH3UTOPHBIMU KJIETKAMH HET
YETKOW I'paHULIbl, @ CKOPEE UMEETCSI TOCTENEHHBIN TIEPEXOL;
TPaH3UTOPHBIE KIJIETKH HEKOTOPOE BPEMsI MOTYT COXPaHSTh
cBoiictBa CK u mpu omnpenenseHHbIX YCIOBHIX, HAIPUMED,
rubenn CK, MOTYT 3aMeCTHTh UX (TaK Ha3bIBAEMBIC ITOTCH-
mranbaeie CK») (Wilson et al., 2008).

VY pacrenuii kioueBoe 3HadueHue Uit nojpaepkanus CK
TaKXE MMEIOT MEXKJICTOUHBIC B3aUMOJEHCTBUS, TOPMOHBI
u TO. ITpu stTom Humm CK pacTeHuit BO MHOTOM OTIHYAIOTCS
OT TAKOBBIX Y JKUBOTHBIX: OHU HE H30JHPYIOTCS OT OKpYXKaro-
mux JuddepeHnnpoBaHHbIX TKAHEH U HE MOTYT CYIIECTBO-
Barh MycThIMU. bosee Toro, eciu 661 CK ObIIM M3HAYATIBHO
0OHapy>KeHbI Ha PACTEHHSAX — BPSIA JIM IEPBOOTKPBIBATEIISIM
MpHIIea B ToNoBy TepMuH «HHUmay. [Tymsr CK pacrenunit
HaXOJSTCSl B OKPYXCHHH HMCKIIOYUTEIHHO CBOUX ITOTOM-
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KOB — U pepeHIIMPOBAHHBIX KIIETOK, KOTOPBIE TOCTABIISIOT
CUTHAJIBI, perynupytomue pazmep myna CK u crumynupyro-
mue audppepeHnpoBky, camu ke CK mocTapisioT curHai,
peAoTBpaliaonui 1udGhepeHIMPOBKY KICTOK. biaromaps
HAJIMYHUIO TPAJINCHTOB KOHIIEHTPAIUH 3THX CUTHAIOB UMEET
mecto camonoiepxkanue CK B nenTpe numm n tuddepen-
LMPOBKA MX [TOTOMKOB Ha nepudepuu.

5. Hammame mponzBoanmbix camumu CK BHYTPHKITETOUHBIX
CHUTHAJIOB, KOTOPBIE BaYKHBI JUIS TIOJIEPKaHUSI HEOTpAaHUICH-
HOH nponudepanny 1 rnopasieHus 11 HepeHIupOBKH CTBO-
JIOBBIX KJIIETOK. Tak, Ul MOAAepKaHus TUTFOPUIIOTEHTHOCTH
smOpronansHbIX CK HeoOxommMMa sKkcpeccnst reHa, Konupy-
rowero Td Nanog, 171 HoAAEepKAHUSA OJMTOIIOTEHTHBIX T€MO-
nodtnyeckux CK — T® Scl/Tall, Gfil u Gfilb, Gata2 (Kosan,
Godman, 2016). Y pacteHuil nomuepkaHue «CTBOIOBOTO
cTaryca» KJIETOK JOCTHIaeTCsl SKCIPECCHeil OnpeielIeHHbIX
renoB cemeiictea WOX (WUSCHEL-related Homeobox),
MPOJYKTaMU KOTOPBIX SIBJISIFOTCSI TOMEOIOMEH-CO/ICpKAHUE
T® (van der Graaf et al., 2009), peub 0 HUX MOWIET HUXKE.

CTBOJIOBBIC KJIETKH PACTECHHH JOKATU3YIOTCS B MEPUCTE-
Max — CTPyKTypax, cogepskanmx numu CK, Ha nepudepun
KOTOPBIX UMeeT MecTo Au(pPepeHInpOBKa ClICIHATN3NPO-
BaHHBIX TUIIOB KJIETOK. B oTimume OT KMBOTHBIX, TOTUIO-
terTHble CK B MepucTemMax CymecTByOT JIIUTEIBHOE BpEMS,
MOJJIEPXKUBAsi OPraHOTeHEe3 B TEUSHHE BCEro >KU3HEHHOTO
nukira. Hanbonpimee 3HaYeHHWE TSI Pa3BUTUSA PacTCHUN
MUMEIOT TIEPBUYHBIC MEPUCTEMBI, KOTOPBIE 3aKJIa/IbIBAIOTCS
B X07Ie SMOPHOHAIILHOTO Pa3BUTHSI — allMKaJIbHBIE MEpUCTe-
™Mbl (AM) no6era (ITAM) u xopus (KAM) u matepanbHbie
mepuctemsl (JIM) — npokam6uii n nepunuki. Kpome toro,
B T€UYEHHE IOCTIMOPHOHAIBHOTO MEPUOAA Y PACTEHHH MO-
TYT BO3HHKATh BTOPUYHBIC MEPUCTEMBI KaK M3 IEPBUYHBIX
MepHcTeM, Harpumep 3aknaaka KAM OOKoBBIX KOpHEH H3
KJIETOK NIEPHULIMKIIA, KaMOuUs U3 IPOKaMOusl, TaK U U3 CIeLH-
aIN3UPOBAHHBIX TKAHEH B pe3yibTare neaudPpepeHIIIPOBKY,
HarpuMep, pa3BUTHE NPUIATOYHBIX KOpHEH 13 tuddepeHnn-
POBaHHBIX KJIETOK FMITOKOTHJISI, JINCTA U T. 1. K BTOpUYHBIM
MeprucTeMaM OTHOCSIT AM BTOPHYHBIX TOOETOB, OOKOBBIX
W NIPUIATOYHBIX KOpHEH, JIM kamOuii u ¢esutoreH, MHTEpKa-
JSIPHBIE MEPUCTEMBI MEXKI0Y3JIHI, a TAK)KE JTOTIOTHUTEIbHBIE
MEPHUCTEMBI, BO3HUKAIOUINE MIPHU ONPEIEICHHBIX YCIOBHS:
paHeBBIC MEPUCTEMBI, MEPHCTEMBI KITyOCHBKOB Y O00O0BBIX,
MEpHUCTEMOIIOI00HBIE CTPYKTYPbI, Pa3BUBAIOIUECS [TPU B3a-
MUMOJICHCTBHM C HEKOTOPBIMH TTATOT€HAMH, U T. II.

B ocHOBe aKTHBHOCTH MEPHCTEM JIeXkKaT J[Ba MPOTHBOIIO-
JIOXKHBIX Tpoliecca — camooOHoBieHne CK B 1ieHTpanbHON
4acTH MepUCTEeMBI 1 AuddepeHnnpoBKka CreuaIn3ipoBaH-
HBIX KJIETOK Ha nepudepun. MHTEpecHo, 4To B Mepucreme
konmuuectBo CK ocTaeTcsi, kak mpaBuiio, HEM3MEHHBIM, YTO
CBHUJIETEIBCTBYET O CyIIECTBOBAHMM MEXaHMW3MOB, oOecrie-
YHMBAIOIINX OaJaHC uX nposndepanun 1 A HepeHINPOBKH.
BeposiTHO, 3TH MEXaHU3MBbI MOTYT OBITh KaK CXOIHBIMH, TaK
W pa3IMIHBIMU B Pa3HBIX MEpUCTeMax (CM. Jajee).

Kak yxe ObIJIO OTMEYEHO, B MEpHUCTEMaX PACTCHUH HC-
TOYHUKOM CHI'HAJIOB, IIPEJI0TBpAIlAOnX AU PepeHIupoB-
Ky CK, ciry’xaT He CTOIBKO OKpY’KaroIne ux IugpepeHtu-
POBaHHBIE TKaHHU, CKOJIBKO HeM(PPEepEHIIMPOBAHHBIC KICTKH
camoii mepuctemsl. K uncity BHeNIHUX (haKTOPOB, peryaupy-
IOIINX TIOJ/IEPKAHNUE MEPUCTEM, OTHOCSTCSA (PUTOTOPMOHBI:
aykcuHsl, inTokrHUHB (LK), rub0epennHbl, onpeieieHHbIe
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npencraButenu rpynnsl CLE-nentunos. Ilpu sToM onHu
ropMmoHbI nofiepkuBaroT CK B Mepucremax, a Apyrue mo-
TMaBIsioT uX aktuBHOCTH (Galinha et al., 2009). Bonee Toro,
OJTMH U TOT K€ TOPMOH MOKET OKa3bIBATh IPOTHBOIIOJIIOKHOE
JeicTBHE HA Pa3HbIE MEPUCTEMBI, HAIPUMEP, TPOTHUBOIO-
JIO)KHOE IEHCTBHE ayKCHHOB M IUTOKMHUHOB HA alIMKaJIbHBIC
MepHUCTEMBI [100era U KOpHSI.

Criermudrraeckoit ocobeHHOCTRI0O AM sIBIsIeTCS HaIN4He
B LEHTPAJILHON 30HE MEPUCTEMBI TaK HA3bIBAEMOI'O Opra-
Huzytomero neurpa (OLl), KOTOPBIH CIyKHUT UCTOUHHKOM
CUTHAJIA, NOAABIAONMET0 AU(GQPEpEeHIINPOBKY CTBOJIOBBIX
kieTok. JlatepanbHble MepucTeMbl (pokamOuii, kamOuii,
MEPUIIKIT), TO-BUANMOMY, JTUIIEHBI YETKO JIOKAIN30BaHHBIX
OL; cymectBoBanue Ol B Apyrux MeprcTeMax 0CTaeTcs BO-
MPOCOM JJUCKYCCHOHHBIM. 10 Mepe neneHus 1ouepHue KICTKH
ynaisitorcst ot OLl, oka3biBasCh BHE 30HbI IEHCTBHSI CUTHAJIOB,
UM TIPOyLUPYEMBIX, W MPETeprneBaroT Iu((HepeHINpPOBKY.
[oreps dynkun OLL, Hanpumep, B pe3ysbraTe MyTaLui 10
KITIOUEBBIM Te€HaM-PEryJsTopaM ero akTUBHOCTH, IPHUBOAUT
K yTpare CIIOCOOHOCTH MEPHCTEMBI K CAMOIIOJIEPKAHUIO,
muddepenmuposke Bcex CK u ObICTpOMY IpeKpalieHuIo
AKTUBHOCTH MEPHCTEMBI.

Opraam3yromuii EHTP MPEACTaBIsIeT COO0N MaICHBKYIO
TPYIITY MEUICHHO JEISIIUXCS KIETOK, MaKCUMAJIbHO TIPH-
6mmkaromuxcs o csoiictBam k CK xuBOTHBIX. B uncie atux
cBoiicTB pacnonokerne OL (coxpaHeHne UX B HEM3MEHHON
MO3UIMN BCE BPEMs CYIIIECTBOBAHMUS ), MEIUICHHOE JICJICHNUE,
OTCYTCTBHE TPU3HAKOB AU(PPEepeHIUPOBKH (HAKOIIICHHS
BTOPUYHBIX METa0OJIUTOB, 3KCIIPECCUN MApKEPHBIX T'€HOB
mdhepeHIMpPOBKH, XapaKTEPHBIX JUISI OKPYKAFOIUX KJICTOK
MEpPHUCTEMBI), CIIOCOOHOCTh K aCUMMETPHUYHOMY JIEJICHHIO
(omHa u3 qouepHUX KieTok ocraercs B OLL, BTopas BBIXOAUT
3a ero Mpe/esbl ¥ IPUCTYIIAET K aKTUBHOMY jenenuo) (VBa-
HOB, 2003, 2007).

B cBsi3M ¢ 3TUM BO3HHMKAEeT TEPMUHOIOTMUECKUI BOPOC:
KaKHe MMEHHO KJIETKH PACTCHUH ClIe/lyeT Ha3bIBaTh CTBOJIO-
BbIMH? Kak npaBuiio, B aHIIOA3BIYHOM JINTEpaType MpU OIH-
CaHUU CTPYKTYypbl AM paccMaTpuBaroT Ba CAMOCTOATEIIbHBIX
nonsatust: Ol u myn CK, mpuneratomuii K Hemy, T. €. TEPMUH
«CTBOJIOBBIE KJIETKU» (stem cells) MpUMEHSIOT B OCHOBHOM
K HaXOAAIIMMCSI B MEPHCTEME aKTHBHO JICIAIIAMCS TTOTOM-
kam kietok OLI. B To ke Bpemst ropazno Oosee KOppeKTHa
no3unusi, npu koropou kiuetku OLl BBIACHSIOT B 0COOYIO
kateroputo CK, coxpaHSIOMNX «CTBOJIOBOM» cTaryc B Ooiee
TMIOJTHOM, YeM Y APYTHUX KJIEeTOK, Buze. I1o cyTu, ecim paccma-
TPHUBATh UX C TOUKHU 3peHust cxoacTBa CK Bcex MHOTOKIETOU-
HBIX OPTraHW3MOB, TO UMEHHO kieTkn OL] cnenyer Ha3bIBaTH
CTBOJIOBBIMH B CAMOM CTpPOTOM 3HA4E€HHH 3TOTO TEpPMHUHA,
M BCE KJIETKU KOPHSI U CTEOJIs, TaK MJIM MHA4e, SIBIISIFOTCSI UX
notomkamu. st kierok OLl naske ObUT IPEIOKEH TEPMUH
«anuKaJbHBIC CTBOJIOBBIEC KIETKM» (apical stem cells), mpu-
cyrcrBytomue Toiabko B AM (MBanos, 2003, 2007), niu «op-
raam3yromue KIeTkm (organizing cells) (Heidstra, Sabatini,
2014). B o xe Bpems notomku kierok OLl, cocrapistomme
OCHOBHYIO YaCTh MEPHCTEMBI, BEPOATHO, MOXKHO CUHTATh
AHAJIOr'OM TPAH3UTOPHBIX KJIETOK )KUBOTHBIX.

Hecwmotpst Ha upesBbrvaiinyto 3HaanMocts OLl B Mopdo-
reHe3e PacTeHHH, UX pa3Mephl OYeHb HEBETHKHU: Tak, OL]
KAM, Ha3bIBaeMbIii TAKKE OKOALIUMCS LIEHTPOM, BKJIFOYAET
B cebs1 He Oonee | % KIeTok MepucTeMsl, KoTopble, kak n CK
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JKUBOTHBIX, JIEJSITCA C TOpa3io MEHbIICH CKOPOCThIO, YeM
OKpYXaIOINe UX KIETKH MEpHUCTeMbl. BMecTe ¢ Tem, Kak
1y )KUBOTHBIX, TpaHb Mex Ty CK 11 TpaH3UTOPHBIMY KJIETKAMH
HE OYeHb YeTKasl, U yHUKaJIbHbIe cBOicTBa KiteTok OL] 3aBucsT
HE CTOJIBKO OT UX (DYHKI[HOHAJIBHBIX 0COOEHHOCTEN, CKOIIBKO
OT MX PACIIONIOKEHUSI I MeKKIICTOUHBIX B3anMojieicTBri. Tax,
npu pazpyumennu OL] KAM nnn gexanutanuy KOpHS BO3MOXK-
HO BoccraHoBneHne OL] n3 oxpykaromux KIeTOK MepucTe-
MBI, YK€ TEPEHICIINX K aKTHBHBIM JICJICHUSIM, HIIH JaXe U3
KJIETOK, HeZIaBHO NOKMHYBIIUX Mepuctemy (Feldman, 1976;
WBanos, 2003). bonee Toro, mpu onpeaeneHHbIX YCIOBHIX:
JUIsl 00ECTICUCHNS IPOLIECCOB PEreHepaliy, COMaTHYECKOTO
smOpuorenesa (C3), BereTaTHBHOIO pa3sMHOXKEHHS — y pac-
TEHUH MOTYT 3aKJaJbIBaThCs HOBBIe AM, comepskammue OLL,
HE TOJIBKO U3 CYIIECTBYIOIIMX MEPUCTEM, HO 1 U3 In(epeH-
LIMPOBAHHBIX TKaHel pa3Hbix opranos (Ikeuchi et al., 2013;
Jiang et al., 2015).

CornacHO UMEIOMNMCS JaHHBIM, MOJICP)KaHUE CBOMCTB
OL] rpynmnoii KJI€TOK 0OYCJIOBICHO 3KCIPECCHEH orpee-
JICHHBIX TEHOB cemeiicTBa WOX, KoTopbIie KOTUPYIOT TOMEO-
nomenconepxkamue TO. Tak, B IIAM sTu nporeccsl pery-
mupyer T WUS (Mayer et al., 1998), 8 KAM — T® WOXS
(Sarkar et al., 2007). Dxcnpeccust 3TUX T€HOB HAYMHAETCS
nipu 3aknanke [IAM u KAM B amOpuorenese u CTporo mnpu-
ypouena k OL] B nocramOpuonansHoM pa3putuu (Haecker
et al., 2004). Bo3uuknoBenne Ol de novo m3 mMOTOMKOB
muddepeHINpoBaHHBIX KIETOK, HanpuMep, mpu CD, Takxke
CBsI3aHO C BO30OHOBJICHUEM JKcIpeccuu reHoB WUS u WOX5
B ONPEICICHHBIX TPYIIax KIETOK, Jaloniux Hadamo [TAM
n KAM comarnueckux smopronos (Su et al., 2015). Crneyer
OTMETUTB, uT0, ToMuM0o KAM, T® WOXS perynupyer Takxe
MOAZIEp>)KaHNUE PA3HBIX TUTIOB MEPUCTEM, Pa3BUBAIOIIUXCS U3
MEPUINKIIA U SBISIIONIMXCS MOAU(DUIIMPOBAaHHBIMYI BapHaH-
TaMH OOKOBOT'O KOPHSI (MEpHCTEMbI KJyOSHBKOB, HEKOTOPBIE
TUTIBI OITyX0JeH U kaynryca) (Sugimoto et al., 2010; Burorpa-
moBa u 1ip., 2015; Lebedeva et al., 2015). Eme ogua T 31oii
rpynibsl — WOX4 — perynupyer passurue JIM npokamOust
n xam6ms (Jietal., 2010). B koHTpoIe aKTHBHOCTH MEPUCTEM
MEPBOCTENEHHOE 3HaUeHuE nMeeT B3aumozeiicteue TO WOX
¢ cucremamu tuna CLAVATA, koTOpbIe BKJIFOYAIOT B ceOs
KOPOTKHE CUTHAJIbHBIC METITH/IbI, OTHOCSIIHECS K CEMEHCTBY
nentuaHbIX putoropmonos CLE, u ux penenTopsl — KHHA3HI
cemeiictBa LRR-RLK (Leucin-Rich Repeats Receptor-Like
Kinase). CpaBHUTETFHO HETaBHO OBLIO TIOKA3aHO, YTO B pe-
rynsinun oanepxkanust CK B MeprcTeMax y4acTBYeT elle
onna rpynmna T® — HAM (Hairy Meristem), oTHOCsuecs
k cemelictBy GRAS. Tpauckpumnmmonnsie pakropsr HAM
cs3pBatoTcst ¢ TO WOX, Oynyun mx kodakropamu. Kax
u B cimyyae WOX, /15 Ka) 101 13 MEpUCTEM XapaKTepeH CBOI
y3kocrieruduaasii TO rpynmst HAM: B [TAM sto HAMI,
B3aumoneictyromuii ¢ WUS, B KAM — HAM2, crieniuudasO
cesi3piBarouiics ¢ WOXS, B kamoun — HAM4, B3aumoieii-
ctytommit ¢ WOX4 (Zhou et al., 2015).

Bcero y apadbunoncuca ormeueno 15 T® WOX, koTopsie
MOXHO pa3feinTh Ha TPU KIAAbL: JpeBHIo0, nian WOX13-
kimany (6emxkn WOX10, 13 u 14), mpencraButenn KOTOPOH
MMEIOTCSI y BCEX PACTCHUM HauMHask C 3€JICHBIX BOIOPOCIIEH,
npomexxytounyto, uian WOX9-knany (WOXS, 9, 11 u 12),
KOTOpasi B 9BOJIFOIINH PACTEHUI BIIEPBBIC BO3HHKIIA Y IUIAYHOB,
n coppemennyto, i WUS-knany (T® WUS u WOX1-7) —
444
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0COOEHHOCTB UCKITIOUUTENEHO CEMEHHBIX pacTeHuit (van der
Graafetal., 2009). Han6onee n3yuens: T® WOX coBpemeH-
HOW KJIaJIbl, IPEACTABUTEIIN KOTOPOI HIPatOT IICHTPAIBHYIO
poib B KOHTpoJsie akTUBHOCTH Mepuctem (WUS, WOX4,
WOXS5) (Mayer et al., 1998; Sarkar et al., 2007; Ji et al.,
2010), panaux stamnos smoOprorenesa (WOX2) (Breuninger
et al., 2008), pazsuruu aucra (WOX1, 3) u opraHoB 1BeTKa
(WOX6) (Lin et al., 2013). TpauckpumiuoHHse HakTopsl
npomexkyTouHoi knaael WOX8 u WOX9 sBnsrores pery-
JSITOpaMy TIEpBUYHOM pa3meTku 3apoabima (Breuninger et
al., 2008; Ueda et al., 2011), ¢pyHKIHS OONBITHHCTBA OSITKOB
npeBHell kiagpl WOX Heu3BecTHa, JUIsl HEKOTOPhIX U3 HUX
nokaszana QyHKuus B KoHTpoje akruBHoctu JIM (WOX14)
(Etchells et al., 2012). Tpaunckpunmmonnsie pakropsr WOX,
IO KpaifHeH Mepe OTHOCSIIUECS K COBPEMEHHOM BETBH, MOTYT
BBIMOJIHATH (PYHKI[UH KaK TPAHCKPUIITHOHHBIX aKTHBATOPOB,
Tak u penpeccopos (Leibfried et al., 2005; Yadav et al., 2011),
1151 oToro y T WOX uMeroTcst COOTBETCTBYIOIINE JOMEHBI
¢ pasubiMu pyHknusmu: WUS-00KC, KOTOPBIH CIIOCOOCH
B3aMMOJIEHCTBOBATh C KOPENpeccopaMy TPAHCKPHUIIIIUN
rpymmsl TOPLESS (Zhang et al., 2014), EAR-nomeH, Takxke
paboTaromuii Kak TPaHCKPHUITLMOHHBII perpeccop, 1 KUCIIbINA
JIOMEH, KOTOPBIH IPEAMTOI0KATEIEHO HY)KEH JUIST aKTHBAIHH
tpanckpunuuu (Dolzblasz et al., 2016). WUS-060kc, a Taxxe
EAR w/wim KUCBIH TOMEH MPUCYTCTBYIOT Y BCEX MPEJ-
craButeneil coBpemennoii Betsu T® WOX. HenaBro Ob110
nokasano, yto ais nopaepxkanus OLl ITAM nocpeacrsom
Td WUS HeoOxonum (GyHKUMOHAIBHO akTHBHBIH WUS-
Ookc, Torma kak apyrue nomensl 6erxka WUS st sToro
He BaxHbl (Dolzblasz et al., 2016). MonudunupoBaHHBIN
WUS-60Kc ecThb Takke y MpecTaBUTeNei IPOMEKYTOUHO
BeTBU T® WOX, Torma kak y OEIKOB IpeBHEH Kbl OH OT-
CYTCTBYET; BEPOSTHO, B CBSI3U € 3THM T® mpoMexyTOUHOH
W JIpeBHEH KIaJl, MOCTaBJICHHbIE 1Mo/ pomMoTop reHa WUS,
HE MOTYT KOMITEHCHPOBATh AC(PEKTHl Pa3BUTHA Y MyTaHTa
wus. BMecTe ¢ TeM KOMIDIEMEHTHPOBATh MYTAIHIO WiLs HE
MOXET TaKXKe OJUH U3 OEJIKOB, OTHOCAIIMXCA K COBPEMEH-
Hoi BeTBH T® WOX, — WOX4, KOTOpEII perynmupyer pas-
ButHe kam6Oust (Dolzblasz et al., 2016). BosamoxHO, ¢ Takum
¢dynkponanpHeiM oTinareM WOX4 ot apyrux TO WOX
COBpPEMEHHOH BETBH CBS3aHA «HECTAHAAPTHASD) OPTaHU3AIINS
WOX-CLAVATA -3aBUCHMOH PETYJISIIAA aKTUBHOCTH KaMOUst
(cM. 00 3TOM nasee).

TTomumo WOX reHoB, BaXHOE 3HAUYEHUE IS 3aKJIaIKH
u onaepxkanust OL] UMEFOT SKCTIPECCHS IETOTO PsiIa APYTHX
«MepHUCTeM-CenU(PUIHBIX» T€HOB, Komupyromux Td pas-
HBIX Tpyni. B marHOM 0630pe MBI pacCMOTPHM MEXaHU3MBI
3aknaaku 1 nomnaepxkanus CK B pasHBIX THIIAX MEPUCTEM,
yAeIuB 0co00e BHUMaHHE BTOPUYHBIM MEPUCTEMaM, KOTO-
pBIE B HACTOSAIIEE BPeMsI MCHEE M3yUeHBI, YeM allUKaIbHBIC
MEpPHCTEMEBI T00era U KOpHSI.

AnunkanbHble mMepucrtembl nobera v KOpPHA:
pa3Hble MepucTeMbl Ha eAMHOM pyHaMeHTe
AnuKalibHble MEpUCTEMBI Mo0era 1 KOpHSI 00eCIeunBatoT
POCT OCEBBIX OPTaHOB — IMo0eTa ¥ IFIaBHOTO KOPHSA — U (hopMHu-
poBaHKE Ha/I3eMHOI U IToA3eMHON YacTH pactenust. [To cBo-
eit opranusanuu [IAM n KAM xapakrtepusyrorcs psaaoM
CXOZIHBIX Y€pT, B OCOOEHHOCTHU IO NMPHUHIUIIAM PETYIISINN.
AnukanpHas MepucTeMa 1modera BKIIOYAaeT B ceOsl KOpIyc
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U TYHHKY, KOTOpasi COCTOUT M3 Tpex cioeB kierok: L1, L2
u L3. B ITAM MOXXHO BBIIENHTH JIBE 30HBI: IICHTPAIBHYIO,
KoTOpas BKiIrodaeT B cebst OL] n HebobIIoe KoIMIecTBo Jie-
JKalMX Haj HUM HentrddepeHIIMpOBaHHbBIX KIIETOK TPEX CIIOEB
TYHUKH, ¥ TIEpUPEpPUIECcKyr0, KOTOpasi COCTOUT U3 OBICTPO
JISTSIIUXCS KIIETOK, TAIONIMX HAdalo Pa3HbIM THIIAM TKaHEH.
Ha nepudepuu [TAM dopMupyrotes 3a4aTku jJaTepaibHbIX
OPTaHOB — JINCTHEB WJIH I[BETKOB, B 3aBUCUMOCTHU OT CTaJnH
pasButus. B [TAM nauGonee sipko BuaHa OoJiee BBHICOKAs
noreHTHOCTh CK pacrenuii B cpaBHeHnu ¢ CK *KMBOTHBIX:
y )kuBoTHBIX CK B MOCTIMOpHOHATEHOM MTEPHOJE TAOT Ha-
4ayio OIpe/IeIICHHOMY THITY TKaHEH, TOr1a Kak Ha nepudepnu
ITAM CK 00pa3ytoT HOBbIE OpraHbl (JINCThSI U IIBETKH), CO-
CTOSILIME U3 PA3HBIX THIIOB TKaHEH.

B otname ot [TAM, cynpba kiierok KAM Gonee nerepmu-
HUpOBaHA. ANUKalIbHAsi MEPUCTEMa KOPHS BKIIIOYAET B ceOst
opraHu3yomui, win noxosmwuiics neatp (I1L1) — ouens
HEOONBIIYIO TPYINIY MEIJICHHO IESIINXCS CTBOJOBBIX
kieTok (y apabumorcuca I11] cocrout Bcero u3 4yeThipex
KJIETOK) — M KJIETKH MPOKCUMAaJIbHOW MEPUCTEMBI — HHUIIHA-
JIM, KOTOPBIE JIETISTCS ¢ OONbINei ckopocThio. B pesynbrare
MOCJICIOBATEIbHBIX JICIICHUI KJICTOK-UHUIIHAJICH o0pa3y-
I0TCSl JINHEHHBIE PSAAbI KJICTOK, JAIOINE HAYal0 OCHOBHBIM
TKaHSM KOPHS: STIHAEPME, TPOBOSIINM TKAHSIM, IEPBUYHON
Kope, HJI0JIEpMe, a TaKke komymesuie. B otinuuune ot [TAM,
WHUIMALUS JaTePalIbHBIX OPTaHOB KOPHS — OOKOBBIX KOPHEH —
y OOJNBIIMHCTBA BU/IOB PACTEHHUI IPONUCXOIUT BHE AlIMKaJb-
HOW MepHCTEeMBI, B BbIlIeiexaued auddepeHinpoBaHHO
30HE U BKIIOYAET B ce0s PEMHHUIIMALNIO JIEICHUS KJIETOK
nepunukia (Dubrovsky et al., 2000).

Pasmepsr OL] [TAM u KAM, a Takxke pa3Mepbl ITUX Me-
pHCTEM B LIEJIOM M KOJIMYECTBO KJIETOK B HUX OCTAOTCS, KaK
MIPaBHJIO0, MOCTOSHHBIMU. CyIIECTBYIOT MEXaHU3MBI, MOJI-
JiepkuBaroIye coctaB AM B HEeM3MEHHOM BHUjie. Bo-niepBhIX,
3TO MEXaHM3MBI, CBSI3aHHBIC C KOHTPOJIEM KJIETOYHOTO IIUKIIA.
Tax, u3BecTHO, 4YTO0 B AM mnoaaepkuBaeTcs OnpeieeHHbII
ypoBeHnb skcnpeccun rena RETINOBLASTOMA RELATED
(RBR); 8 KAM 6enox RBR B3ammopetictyer ¢ T® SCR
(SCARECROW), otBeuarommm 3a cuenudukanuto [11]
(Cruz-Ramirez et al., 2013). Ha npumepe I11] KAM noxkazano,
uTo B penpeccun nenenns CK Takxke yqacTByeT yOMKBUTHH-
mra3selii komruieke APC/C (anaphase-promoting complex),
KOTOPBIN PEry;IMpyerT Aerpaiannio NukinHoB (Vanstraelen et
al., 2009). [Ipyryro Tpymimy peryisTopoB pa3Mepa U CTPYK-
Typsl MepucTeM npeacTaBisaor cucteMsl CLAVATA, peus
0 KOTOPBIX IIOMZET Aajiee.

Kaxk 65110 oT™Medueno Berme, mopaepxanue Ol [TAM
u KAM omnpenensercss skcnpeccueil B UX KIETKaX IEHOB,
xoaupyronmx T® cemelictea WOX — B ITAM st0 ren WUS
(WUSCHEL), 8 KAM — ero mapanor WOX5. B cBs3u ¢ aTuM
npeamnonaraot, uto ¢ynknus TP WUS n WOXS cszana
¢ npenotBpaiieHueM auddepeniuporku kierok OL] u co-
cenaux CK. I'east WUS u WOX5 akTHBHPYIOTCS B 3apOJIbI-
mre Ha cragun 16 kinerok (Haecker et al., 2004) u ¢ camoro
HadaJla UMEIOT 3epKAJIbHBIA XapaKTep 3KCIPECCUU: IKC-
npeccuss WUS — Mapkep anmMKaJbHOTO JOMEHA 3apOJbIIa,
TorAa Kak sKcrpeccus WOXS — mapkep 6a3albHOTO TIOMEHa.
B nocTamMOproHaIbHOM pPa3BUTUU PACTEHUH HKCHPECCHS
reHoB WUS u WOX5 orpanmuuBaercs B OL[ [TAM (WUS)
u KAM (WOX5) (Haecker et al., 2004). OnbITH IO B3aNM-
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HOMY 3aMelleHnto reHoB WUS u WOX5, xoraa 3KCIpeccuio
rera WUS uHAYIIMPOBAIN B KOPHE MyTaHTOB WoxJ U Ha000-
POT, MOKa3aJIH, YTO 3TH I'eHbl UIMEIOT HACHTHYHBIC (GYHKIINU
B KoHTpoJje mynoB CK [TAM u KAM u moryT 3aMeriats Ipyr
Jpyra, BOCCTaHABINBAsi HOPMAJIbHBIH (PEHOTHIT y MyTaHTOB
(Sarkar et al., 2007).

Okcnpeccuss WOX5 n WUS orpannyena B npenenax OIL]
6maromaps nevicteuto cucteM CLAVATA. B [TAM ¢yHKnunio
orpanuuuTenei sxcnpeccun WUS BBINOMHSIOT pELENTOPHBIE
nporerHkrHa3bl cemerictBa LRR RLK (Leucin Reach Repeats
containing Receptor-Like Kinases) CLAVATA1 u CLAVATA2/
CORYNE u ux murang — CLE-nentun CLAVATA3 (CLV3)
(Schoofetal., 2000); B KAM ato penientopHast KuHa3a 13 TOro
ke cemeiictBa ACR4 u ee nmurana — nenrrun CLE40 (Stahl
et al., 2009). Ces3piBas nurann (CLE-nentnn), penentopsl
CLV1 u CLV2/CRN B I[IAM u ACR4 B KAM 3amyckator
CUTHAJIBHBIH Ty Th, IPUBOSIINN K PENPECCHN TPAHCKPUIILIUAH
reHoB WUS u WOX5 coorBeTcTBeHHO. K unCITy BBISBICHHBIX
KOMIIOHEHTOB 3TOTO CHUTHAJIBHOTO MYTH OTHOCSTCS Majas
I'T®aza ROP (Trotochaud et al., 1999), MAP-kuHa3HbIH
kackasn (Betsuyaku et al., 2011), a Taxoke nmporenrdocdarassl
cemeiictea 2C POLTERGEIST (POL) u POLTERGEIST-
LIKEI (PLL1) (Gagne, Clark, 2010). CtpykTypa u pa3mepsI
AM Bo MHOTOM 00yCIIOBJICHBI B3auMHOH perymsnueit TP
WOX u kommonenToB cucteM CLAVATA, a Takske 00macTsaMu
SKCIPECCUH KOAMPYIOUNX uX reHoB. Ienst CLV3 B mobere
u CLE40 B KOpHE dKCHPECCUPYIOTCS HEMOCPEICTBEHHO HAJ
u o kietkamu OI1 cootBeTcTBeHHO0: CLV3 —B cnosix L1-L3
nenTpansHON 30HEI [IAM (Kondo et al., 2006), CLE40 —
B MHUIMAIIX Komymerutsl (Hobe et al., 2003). Orryna CLE-
MENTH/IBI MOTYT MEPEMEIIAThCS B JISXKAIINe OIHMKe K HEHTPY
CJIOM KJIETOK, MOJABIsisA B HUX dKcmpeccuo WUS u WOXS.
30HBI DKCHOPECCUU TE€HOB, Koxupyromux penentopsl CLV1
n ACR4, yacTUYHO MEpeKphIBasICh C 30HAMH KCIPECCUU
CLE40 nm WOX (Lenhard, Laux, 2003; Stahl et al., 2009),
o0Opa3yroT Oapbep Ha MyTH MEPEMEHIAIONINXCS MEITH/IOB
CLV3 u CLE40: 66nbmas yacts CLE-nenTuioB cBs3biBaeTCst
penentopamu, He goxons 10 OLI, — Takum obpa3om, coxpa-
Hsercst ceobomnas or CLE-nenTunoB obnacTh SKCIpeccuu
reHoB WOX. B cBoro ouepens T® WUS HenmocpeacTBeHHO
aKTUBHUPYIOT dKctpeccuro reHa CLV3, o0pa3ys HEraTHBHYIO
00paTHyIO CBS3b B PETYISIIMN OPraHU3YIOIIero neHTpa. s
storo 6emok WUS mepemeniactcst B BBIIICICKAIIAE CIIOU
kineTok TyHukd (Yadav et al., 2011); mepememnienus Gemka
WOXS nokazaHsl He OBLTH, HO, BEPOSTHO, OH TaKXKE MOXKET
3TO MPOAETBIBATE.

[Homumo rena CLV 3, x npssmeiM MutieHsiM T WUS oTHO-
cutes red, konupyrouuii penentop CLV1, — WUS nerarusHo
perymupyet ero skcrpeccuto (Busch et al., 2010), a Taxxe
TEHBI, YIACTBYIOLIIE B PErYSIINH IIEPEAAUN CUTHANA [IUTO-
KMHUHOB 1 aykcuHOB. Tak, T® WUS nHanpsamyro noxasnser
sKcTpeccuio reHoB ARRS u ARR 7 — pemnpeccopoB OTBeTa
Ha riurokunuH (Leibfried et al., 2005). Mumern T® WOXS5
B HACTOSIIIIMI MOMEHT HEH3BECTHBI.

[ToMrMO KOHCEPBATHBHBIX MEXaHM3MOB peryasanuu AM,
ycTpoeHHBIX 1o cxogHomy npuHuny (WOX-CLAVATA +
HAM)), cymiecTByIOT TaKXe pPeryIssTOPHBIE MEXaHU3MBI, CIIe-
UGpUYHBIC )15 KaXKI0U u3 AM, OHM OTBEYAOT 32 3aKIIAJIKy
AM u cnenndukarmro nx OLl. B [TAM sto T® KNOX kiac-
ca [ (KNOX I), mpencraBuTtey KOTOPBIX BXKHBI TS 3aKIaIKA
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[TAM B smOpuorenese (STM), nponudeparun kierok [TAM
(STM, KNAT1, KNAT2, KNAT6), popMupoBaHUs TUCTOBBIX
npumopaneB (KNAT1) u rpanuisl MexIy MpUMOPANSIMHI
u ITAM (KNAT6), pa3BuTuu COIBETHS U OPraHOB IL[BETKa
(KNAT1, KNAT2) (Chuck et al., 1996; Long et al., 1996;
Pautot et al., 2001; Belles-Boix et al., 2006). B perymsiunu
pa3BuTHs KAM BakHYI0 pOJIb UTPAIOT B3aUMOJICHCTBYIOIINE
Td SCR u SHR (SHORTROOT) u3 cemeiictBa GRAS, He-
obxomumere mis cnenudukanmu Ol KAM u npaBuibHOTO
(hopmupoBaHus paualibHON cTPYKTYpbI KopHs (Cruz-Ramirez
et al., 2013), a raxoke T® PLT (PLETHORA) u3 cemeticTBa
AP2, co3naroiiye MakcCUMyM KOHLEHTpauuu aykcuna B KAM
(Blilou et al., 2005), uro Takxe TpedyeTcs s crieiudukamm
Ol armmKkanbHOM MEPUCTEMBI KOPHSL.

Urak, [IAM nu KAM 001a1ar0T psiIoM CXOIHBIX YepT,
IVIaBHAs U3 KOTOPBIX HAJM4YUe OpraHusytoiero neurpa. [loxa-
nepxanne OLl n nx pazmep perymupyercs cuctemamMu WOX-
CLAVATA, xortopsie B [TAM u KAM rakxke opraHu30BaHbl
AQHAJIOTUYHO U 3aBUCST OT AKTUBHOCTH reHOB-11apanoroB WUS
u WOX5 (Sarkar et al., 2007). I3BecTHO, 9TO y TOIOCEMEHHBIX
WUS n WOX5 npencrasiens! mpooprosiorom WUS/WOXS5,
KoTOpbIii AKcrpeccupyercst B IIAM u KAM u nHeobxonum
JUISL pa3BUTHUS KaK KOPHS, TaK U 1Mo0era, a TaKKe 3aKIaJKu
UX JIaTepajJbHBIX OPraHOB. B ombITax Mo cBEpX3KCIpeccuu
npooprosiora WUS/WOXS5 y NOKphITOCEMEHHBIX, HAIIPUMED
y rena GgWUS/WOX5 u3 Gnetum gnemon 'y apabuoIcuca,
MOKa3aHO pa3BUTHE c[v-1IogoOHOTO (hEeHOTHIA C yBeIHue-
HueM pasmepa I[TAM u xonmmuecTBa JlaTepajibHBIX OpPraHOB
mobera, 4To MO3BOJISIET MPEIION0KNT CXOACTBO (yHKINI
WUS/WOXS5 n WUS (Nardmann et al., 2009). OxoH4aTensHO
WUS n WOX5 pa3aenunuch TOJIBKO y MOKPBITOCEMEHHBIX,
BEPOSITHO, B pe3yJbTaTe Ayruukamu reaa WUS/ WOX5 y ux
npenkoB (Nardmann, Werr, 2013).

Mpokamb6ui n Kamoéwuia:

Halle fieno — CTpouTb Teno

[TpoxamOuii 1 kamMOUii, Ha3bIBAEMbIE TAKIKE COCYAHCTHIMH
MepHCTeMaMH WM MEPUCTEMaMU MPOBOJASAIIEH CHCTEMBI
(vascular meristems), OTHOCSTCS K JIaTepajbHBIM MEpHUCTe-
MaM. B 3penbIx oceBbIX opraHax — cTe0six 1 kopHax — JIM
PAacroararoTCs LMIHHAPUIECKUMHE CIIOSIMU 1 Ha OTIEPEUHBIX
cpesax uMeroT BHJ koiel. [Tomumo mpoxamOus u kamous,
B JIM BXOIAT NEPHUIIMKII U TPOOKOBBIN KaMOuil ((pesiorex).
OcHoBHast (QYHKIHS COCYAMCTBIX MEPUCTEM — ITOCTPOCHHE
nposoymei cucremsl (I1C), koTopast obecrieunBaeT TpaHc-
IOPT BOJbI U MUHEPAJTIOB U3 KOPHS K BBIIICIICKAIIUM YaCTAM
pacTeHH 1 OPraHNIECKUX COSANHEHHA B 00paTHOM Harpas-
nenun. Kpome Toro, cCocyicTbie MEPUCTEMBI 00ECIICUMBAIOT
dhopMupoBaHue OOJBIIOr0 YKCIa MPOBOASIINX JIEMEHTOB
U MTAPEHXUMBI, YTO COCTABIISIET OCHOBY POCTA OCEBBIX OPTaHOB
pacteHuii B TonmuHy (BropuuHoro yrommienus) (lomyesa
u nip., 2014).

[Ipokambuii 3aKiTafpIBaeTCS B SMOPHUOTEHE3e Ha CTaIHH
cep/edKa M JaeT HayaJo MEePBHYHOM ()10dMe, a HECKOIBKO
noke — nepBuuHoi kemiieme (Scheres et al., 1994). B mo-
CTOMOPHOHANIBHOM Pa3BUTHUH W3 HETO 00pa3yroTcs TKaHU
MIPOBOJAIINX My4KoB cTeOusi. KamOwuii, kak Broprunas JIM,
3aKJ1a/1bIBACTCS M3 POKAaMOMSI M TIEPULIMKIIA; OH 00eCTIeYrBaeT
00pa3zoBaHNe BTOPUYHBIX TPOBOISIINX 3JIEMEHTOB U TAaKUM
00pa3oM UrpaeT OCHOBHYIO POJIb B MHTCHCUBHOM BTOPUYHOM
446
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YTOJIICHUU [IPU PA3BUTHH CTEOJICH NPEBECHBIX PACcTCHUIA,
a Takxe MpH (POPMUPOBAHUHM 3AITACAIOIINX KOPHEH.

LenTpanbHast 4acTh KaMOHsI COIEPKUT CITON MITM HECKOIBKO
cioeB HeauddepeHIIUPOBAHHBIX CTBOJIOBBIX KJICTOK. AHAJIN3
TPAHCKPUIIIIHOHHOTO MPO(UIST KIECTOK KaMOUs y TOMOIS
MIO3BOJIMJI YCTaHOBHTH, YTO Ha mepudepun KaMOuil comep-
JKUT MaT€PUHCKUE KJIETKU (JIOIMBI C HAPY)KHOW CTOPOHBI
U MaTepUHCKHE KJIETKM KCHJIEMbI C BHYTPEHHEH, KOTOpBIE
MPETepIIeBalOT ACHMMETPUYHBIC JIETICHUS B AaHTHKJIMHATIBHOM
Harpasiienuu (Schrader et al., 2004). Ha nepudepun kamoOust
MTOTOMKH 3THX KJIETOK (D (HePEeHIINPYIOTCS B JIBYX HAIIpaBIIe-
HUSIX: K IEHTPY OTKJIQ/IbIBACT KJICTKH BTOPHYHOMN KCHUIIEMBI,
a K epuQepur — BTOPHYHON (PJIOIMBI.

B 3axmagke 3a4aTKOB MPOBOJSAINIEH CHCTEMBI B SMOpHOTe-
He3e PacTeHUI EHTPAIBbHYIO POIIb UTPAET B3aUMO/ICHCTBHUE
LK u aykcunos. [Ipu stom LIK HeoOX0auMBbI JIsl 3aKIa KK
MpokaMOus U (IIOAMBI, TOTAA KaK ayKCHHBI HEOOXOAMMBI
Ju1st mupepeHIMPOBKY KCHIIEMBI, a Tak)Ke, BEPOSITHO,
BIIMSIIOT Ha NMPOCTPAaHCTBEHHYIO OPTaHU3ALMI0 MPOKaMOUs
(Bishopp et al., 2011a, b). B manpHeiimem acuMMeTpHIHOE
JIeJIeHHE KJIETOK KaMOusi obecriedeHo, IIaBHBIM 00pa3oM,
CLE-nentunamu rpynmsl B (y apabunoncuca — CLE41/44
n CLE42) n ux perieniropom TDR/PXY (TDIF RECEPTOR/
PHLOEM INTERCALATED WITH XYLEM) (Hirakawa et
al., 2008).

Pacrnionokenue pa3HbIX TUIIOB TKaHEH B CTEJIE KOPHS OIpe-
JIETSIIOT IUTOKMHUHBI 1 aykeunsl (Bishopp et al., 2011a). Tot
(haxT, uTO K HanbdosIee CePHE3HBIM ITOCIEICTBUSIM IIPHUBOAUT HE
MOBBIIIEHNE KOHLICHTPAIIY (PUTOTOPMOHOB, @ HAPYIICHNE UX
peLenuny 1 IIepeaadn CUrHaja, CBUICTEIbCTBYET O TOM, YTO
JUIsl Pa3BUTHSI IPOBOASIIEH CUCTEMbI BaYKHO BOSHUKHOBEHHE
HE CTOJIbKO MAKCUMYMOB KOHIIEHTPAIINH TOPMOHOB, CKOJIBKO
30H YyBCTBUTEJIFHOCTH K HUM. Tak, B KOpHE MPOPOCTKA apa-
Oujoncruca IUTOKMHUHBI COCPEA0TOYEHBI BO (pi1oaMe U 1po-
KaMOWH{, y MyTaHTOB TI0 PELENINK 1 nepenade curHana LK
COKpAIIAeTCs] KOJIMYECTBO KJIETOK MPOBOASIICH CHCTEMBI,
a ocraBiuuecst 1upQPepeHInpyOTCs MO MyTH NPOTOKCHUIIE-
Mbl. Hampumep, k Takomy 3¢ GeKTy TpUBOIUT MyTanus wol
(wooden leg), 3aTparnBaromas OIWH U3 MHUTOKAHUHOBBIX
penentopoB — AHK4/WOL (Méhonen et al., 2000). Mak-
CUMallbHas HHTEHCUBHOCTH oTBeTa Ha LK, ompenenennas
o akTuBHOCTH pomotopa [{K-perynupyemoro rena ARRS,
B CTeJIe KOpPHS Yy NMPOPOCTKa apabuorcrca cocpeioToueHa
B KJIETKaX ITPOKaMOMs1, IPUJIETAIOIINX K TSKY TIEPBUYHON KCH-
nemsl (Bishopp et al., 2011a). Mumensto aeiictus LIK B aToit
obnactu ciyxar PIN Genku, onpezaessioniye HanpaBieHne
MOJISIPHOTO TPaHCTIOpTa ayKCHHOB, — PIN3 (B kieTkax mepu-
IIMKJIA, IPUJIETalomuX K npotokcuieme) u PIN7 (B mpokam-
ouu u ¢osme) (Bishopp et al., 2011b). [Ipeamnonaratort, 4To
Takoe pacronoxeHne PIN 6e1KxoB MOKET HanpaBIIATh ayKCHH
B IIEHTPAJIbHBINA TSDK KCHIIEMBbL. TaM ayKCHH HHAYIHPYET 3KC-
MpeCcCuIo Oelka-penpeccopa MUTOKUHUHOBOTO oTBeTa AHP6
(ARABIDOPSIS HISTIDINE PHOSPHOTRANSFER PRO-
TEIN 6), uckiiodast OTBET Ha [IUTOKUHUHBI M3 30HBI KCHIIE-
™Mbl (Mdhonen et al., 2006). JIpyrast rpymma peryiastopos,
KOTOpasi ONPEEIsieT PacloiIoKeHNE TKaHEH B CTele KOPHS
apabunoncuca, — T® HD-ZIPIII, orpannuusatomue pasmep
MpOKaMOus 3a cYeT CTUMYJISIUU AU HEPSHIIUPOBKU KCHJIC-
Mel (Ilegems et al., 2010). Mx skcnipeccust, B CBOIO 04epenb,
orpannyena MUKpoPHK 165/166, koTopble CHHTE3UPYIOTCS
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B OHJIOZIEPME TOJ1 BiMsiHHEM B3aumojeicTBytonmx Td SCR
n SHR (Carlsbecker et al., 2010).

OCHOBHYIO POJIb B MOJICP)KAaHUN KaMOUsl 1 TTPABUIIbHON
OpHUEHTAIUH JIeIeHUs ero KiIeTok urpaet cucrema CLAVATA
u WOX rensr. [lepsriit CLE-ienTu, yqacTBYIOINI B KOH-
tposie aktuBHOCTH Kamousi, — TDIF (Tracheary element Dif-
ferentiation Inhibitory Factor) — Obl1 BbLI€NIEH U3 KYJIBTYPBI
Zinnia elegans xax (pakTop, CTHMYIHPYIONIHHA TPOTHeparuio
KaMOHMaIbHBIX KJIECTOK M MHIHOMpPYIOMui 1uddepeHpos-
Ky cocyaucThIX 3neMeHToB. Brniocnencrsuun TDIF-nentun,
COCTOSIMHA U3 12 aMHHOKHUCIIOT, OKa3ajacs HICHTHUYEH
CLE-nentunam rpymms! B apabunoncuca CLE41 n CLE44;
CXOIHO¥ (yHKIIMCH 00J1a1aeT TaKkKe OMMU3KHIA K HUM MEITH/T
CLE42 (Ito et al., 2006). CuaTe3upYSICH BO (I103ME, TTENTHIBI
CLE41 u CLE44 nepeMerarotcst B KaMOUIA, T/I€ CBSI3BIBAFOTCS
¢ peuentopom — CLV1-niogo6no# kunazoit TDR/PXY Ha
MOBEPXHOCTHU €T0 KIETOK M 3aMyCKaroT CHUTHAJIbHBIA ITyTh,
MPUBOSAIINN K aKTUBALUK MTPOHdepanyy KIeToK KaMOus
1 NO/IaBJICHHIO UX AU HEPEHIUPOBKHU 110 KCHIEMHOMY ITYTH
(Hirakawa et al., 2010).

K mpenTnunnpoBaHHbBIM MHUIIEHSM 3TOTO CHUTHAJIBHOTO
myTH oTHOcUTCs reH WOX4. OcnoBrast hyHkuust TG WOX4 —
MOJAepKAHUE CTBOJOBBIX KJIETOK MPOKaMOUs M KaMOWs
(Hirakawa et al., 2010; Ji et al., 2010a); orncana Tak:xe pob
sToro T® B pa3BUTHH CIOKHBIX JIUCTheB Y Tomara (Ji et al.,
2010b) u moxnepxannu BeretaruBHON [TAM puca (Ohmori
et al., 2013). Yposens skcripeccun rena WOX4 6picTpo no-
BhIlIaeTcs B oTBeT Ha 00paborky TDIF nentunamu. Takum
obpazom, nenrtubl TDIF, onn ske CLE-nenrtunet rpymms: B, B
ormune ot CLE-nientiioB rpymnimsl A, MOTYT ObITh TO3UTHB-
HBIMH peryasTopamu 3xcnpeccunt WOX renos. [l 3Toro He-
00X0arMO Hammare akTUBHOTO perenitopa TDR/PXY, 1. e. ren
WOX4 cnyxut npsmoi mumensto aeiictsust CLAVATA-
nomobuoii cucrembr TDIF-TDR (Hirakawa et al., 2010).
B MHOrOYHCIIEHHBIX OINBITAX ¢ MyTaHTaMH ObLIO IOKA3aHO,
4yT0 aKTHBHOCTh T® WOX4 HeoOxomuma [UTst OIS PIKAHUS
TDIF-3aBucumMoi nposiudepanuu KJIETOK KaMOus, Toraa
kak s TDIF-3aBucumoro nopasienus auddepeHnpoBKu
cocynoB Tpedyetcst Toibko akTuBHOCTE TDR/PXY, HO He
WOX4. Takum o6pazom, ¢pyukius TO WOX4 B noanepxa-
HHHM KaMOus cBsizaHa ¢ koHTposneM aenenns CK, a mogasnenne
nx 1uddepeHINPOBKHI MO KCHIIEMHOMY ITyTH 00€CIICUHBAIOT
Jpyrue, He HJICHTH(UIMPOBAHHBIE PETYIISTOPBI, TAKXKE Ha-
xomsmruecs mox koHTponem TDIF-TDR (Hirakawa et al.,
2010). Tpanckpunumonustii pakrop WOX 14, oTHOCSIMNCS
Kk apeBHeit BeTB WOX GellkoB, MOXKET YaCTHYHO IIEPEKPHI-
BaTh (pyHKIMH WOX4 B KOHTpOJIE IEINEHUS KIETOK KaMOHS.
I'en WOX14 sxcripeccupyeTcs He TOJIBKO B KJIETKaxX KaMous,
HO U B MOJIOJIBIX COCY/IaX; €r0 IKCIPECCHsl yCHIIUBAETCS B OT-
BeT Ha 00padoTky nentunamu TDIF 1 cHmkaeTcs y MyTaHTOB
tdr/pxy, T.e., TO-BUIUMOMY, OH CIIY)KUT MHUIICHBIO TOH JKe
cucrembl TDIF-TDR (Etchells et al., 2013).

Hns obecreueHNsT HOPMATHHON OPHEHTAINU JIETICHUS
KJICTOK KaMOMsl Ba)KHO CO3/IaHME I'paIMeHTa KOHIIEHTPAauu
nentunos TDIF, B HOpMe Takoll rpaJlM€HT CO3JAeTcs IpU
noctymieann TDIF u3 ¢mosmel. U3menenne rpaaueHTa
koHneHnTpanuu TDIF B kamOuu, Hanpumep, MpH SKCIIPECcCuu
reHoB CLE4] umu CLE42 noj KOHCTUTYTHUBHBIM HJIM KCH-
JeM-crieliu()UIHBIM TIPOMOTOPOM, MPUBOAUT K U3MEHEHUIO
OpPHEHTALNH KJIETOUHBIX JACICHUN ¥ HapyIICHHUIO YHOPSI0-
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YEHHOU CTPYKTYPBI CTEIIbI («I1epEeMEIIMBAHNI0» 30H KCHIIEMBI,
thmoamer 1 kam6us) (Etchells et al., 2010). Cxoxusriii a3 ekt
BBI3bIBacT MyTanus /dr/pxy (phloem intercalated with xylem)
¢ norepeid pynkuun peuenropa TDIF nentunos (Fisher,
Turner, 2007).

IMomumo TDIF nentumos, B moaaepkaHuu KaMOus U pas-
Butun [IC MoryT ydactBoBaTh Takke Hekoropsle CLE-nemn-
Tuael Tpynnel A. JlelicTBuTenpHO, 00paboTKka pacTeHUH
CLE-nenTtugamu rpynmnsl A WK CBEPXIKCIIPECCHS UX T€HOB
YCUJIUBAET BIMsSIHUE cBepxakcnpeccun reHa CLE4] umu 3k-
3orenHoro go6asnenns nentuaoB TDIF wa npommdepanmio
KJIETOK KamOust. IHTepecHO, 4TO COBMECTHBIH CTUMYIHPY-
ot apdexr CLE41 u CLE6 Ha nponudepanuio KieTok
KaMOMs YyCHIMBACTCS MPHU MOBBIMIEHUH KOHIEHTPALHNH
aykcnHoB (Whitford et al., 2008). C npyroii croponst, CLE-
MENTHIBI TPYIIIIBI A CAMU MOTYT BIIUSITh HA pa3BUTHE KaMOUs
1 IPOBOJIAIIEH cucTeMBI. Tak, cBepxakcnpeccus rena CLE]9
Arabidopsis n Brassica crumynupyet nudQepeHnnpos-
Ky KCHJIEMBI, YTO MPHUBOAUT K 00Pa30BaHHIO KCHUIEMHBIX
«OCTPOBKOB», HE CBSI3aHHBIX C COCY/IUCTON CHCTEMOI! pacTe-
Hus, B opraHax 1etka (Fiers et al., 2004).

[Homumo TDR/PXY, B KOHTpOJIe aKTUBHOCTH KaMOUs
u pazsutun [IC MOryT y4acTBOBaTh M APYIrue PEHEenTOPbI
LRR-RLK. Tak, penentopnast kunaza ER (ERECTA), or-
HOCSIIIAsCsl K TOMY JKe ceMelcTBy OenkoB, uto TDR/PXY
u npyrue perentopsl CLE-nenTtumos: MyTamus er HapyaeT
CTPYKTYPY CTEJIbl, @ TAKXKE PE3KO YCHIMBAET P PEKT MyTanuu
tdr/pxy (Etchells et al., 2012). s HOpMaJIbHOTO Pa3BUTHUS
[1C Taxxe BaXHa aKTHBHOCTBH pElEeNTOPHBIX KuHa3 MOLI1
(MORE LATERAL GROWTHI) n RUL (REDUCED IN
LATERAL GROWTHI), kotopasi HaGntoaeTcsi B 30He, He
cosragaroreit ¢ oomactero aktusanoctn CLE41/PXY — Bo
(hyro3Me U IpHIIeTaolIeM K Hell clloe KJICTOK KamOust (Agusti
et al., 2011). [Ipeamonaratot, uto kuHaza MOL1 BeInosIHSIET
(yskunu, nporusomnoiokusie TDR/PXY: mo xpaitHei mepe,
skcnpeccust uMeHHo rena MOLI, o He rena TDR B I[IAM
MIPUBOJIUT K BOCCTAHOBIICHHIO HOPMaJILHOTO ()EHOTHIIA Y MY-
TaHTa c/vl. Mytatus moll mogaBisieT SKCIIPECCHIO TEHOB, 3a-
JICWCTBOBAHHBIX B OTBETE Ha STHJICH M )KACMOHOBYIO KHCIIOTY,
KOTOpBIE UT'PAIOT POJIb BO BTOPUYHOM POCTE OCEBBIX OPraHOB
(Gursanscky et al., 2016). JIuranasl U MHUIICHA U KWHA3
ER, RUL 1 MOL B kamOuu He 0OHapyKEHBI.

Wrak, B pa3Butun kamoOus u [1C Tarxke BakHa cucrema
WOX-CLAVATA, Bxirouaromast B ceds CLE-mentumsr
rpymmsl B (TDIF), onpenenennsie CLE-nenTu sl rpynist A,
penenrtopubie kurassl TDR/PXY, ER u MOL u T® WOX4
n WOX14. Tounsie ¢pyHkimu B pa3sutuu [1C BBISIBICHBI
HE /TSI BCEX IEPEUHCIICHHBIX KOMIIOHEHTOB: B HACTOSIIEE
BpeMsi TI0CJIEI0BATEIbHOCT JACHCTBUS OIpEeIeHa TOJIbKO
B nerouke TDIF/CLE-B — TDR/PXY — WOX4, pons mipo-
YHX PEryJIsITOPOB B 3TOM CHCTEME M MX B3aUMOJICHCTBHE €IIIe
MPEJICTOUT U3Y4UTh. B KaMOuH, KaK U B APYTUX JaTepaIbHbIX
MepucTeMax, He ObUT0 00HApY)KEeHO HUKAKUX aHaJIOTOB Op-
TaHU3YIOIETO [IEHTPa, IPETISATCTBYIOMNX TU(depeHInpoBKe
OKpY’KaIOIINX CTBOJIOBBIX KJIIETOK. TeM He MeHee, HeCMOTpsI
Ha aKTHBHYIO u( pepeHmpoBKy >nementoB [1C na mepude-
pux KaMOus1, 3Ta MEpHUCTEMa CIIOCOOHA K T TEIILHOMY O~
JIep )KaHHIO AKTUBHOCTH B TEUEHUE BCETO KU3HEHHOTO [IUKJIa
pacTeHHH, B OTAWYHE OT MPOYMX JIATEPATBHBIX MEPHUCTEM.
B03MOXHO, TPHYMHA 3TOTO 3aKIIOYACTCS B «HETPaUINOH-

Developmental genetics

447



CTBOMIOBbIE KNETKN pacTeHWUIA:
e[UHCTBO 1 MHOroobpasue

Hoi» opranuzauuu cuctembl WOX-CLAVATA: B ominuue
ot AM, B kambun Boctpusitue CLE-nentumoB perienropom
TDR/PXY npuBOIUT HE K PEIPECCHH, a K AKTHBALIUU I'CHA
WOX4.

I'Iepmuvmn: npakTn4yeckn

HeorpaHM4yeHHbli€ BO3MOXHOCTN

[Tepunykin — narepanbHas MEpUCTEMa, MTPEACTaBICHHAs! OJ1-
HUM WJIA HECKOJIBKHMHU CIOAMHU HeanddepeHInpoBaHHBIX
KIICTOK, OKPY>KaIOIIIMMH CTEITy KOPHsI 1 nHOTa — cTeOms. Kak
n Jro0ast Ipyrasi MeprcTeMa, HEPUIMKI MOXKET MOJIEPKIBATh
cebst 3a cuer nponudeparyn HeauhhepeHIIMPOBAHHBIX KIIe-
TOK, a TaK’Ke JIaBaTh HA4YaJlo JPYTUM THTIaM TKaHeH. B xade-
ctBe JIM mepunuki GyHKIIMOHUPYET HEIOITO — B MOJIOJIBIX
OCEBBIX OPTaHax; Mo3Xke B cTeOne U B BEpXHEW YaCTH KOPHS
KJICTKH TICPULIUKIIA YTPAYUBAIOT CIIOCOOHOCTH K JCIICHUIO
u noaHocThio nuddepentmpytores (Beeckman et al., 2001).
VHUKaITbHOW 0COOCHHOCTBIO TIEPUIIMKIIA SBISETCS CIIO0CO0-
HOCTB JTaBaTh HAYaJIO HE TONBKO CIICIIHATH3UPOBAHHBIM THIIAM
TKaHel, TAKUM KakK CKJIEPEHXMMHBIC BOJIOKHA, HO M Pa3HO-
00pa3HBIM THIIAM MEPHUCTEM: alUKAJIbHBIM (MEpPHUCTEMBI
6oxoBeIxX kKopHe# (BK) u kimyOeHBKOB), TaTepaIbHBIM (KaM-
Owuif, peruIoreH), a TaKKe Pa3InYHBIM MEPUCTEMOTIOIOOHBIM
cTpykTypaM (Kamrycel, omyxonu) (Jomyesa u ap., 2014).
Hecmotps Ha Mopdonorndeckoe eqMHO00pa3ne IMePHITHK-
Jla, €ro KJIETKU HE MJCHTUYHBI (PYHKIIMOHAIBHO U JCISITCS
HAa JIBa THMA: KIETKH, MPHUJIeKaIIne K KCHieMe (KCHIEMHBIN
TIEPUITNKI ), KOTOPhIe 00IaNatoT BBICOKOW CTIOCOOHOCTHIO
K KJIETOYHBIM JICJICHUSM M WCTOJIB3YIOTCS ISl 3aKIaJKH
JIPYTHX THUIIOB MEPUCTEM, M KJIETKH, TIPHIIeKAIe K (Godme
(pmosMHBII TTEPUIHKIT), KOTOPEIC, KaK MPaBUIIO, HE IMEIOT
aToil ciocobonoctH (Parizot et al., 2008; Atta et al., 2009).
Cpenu MHOTOYHCICHHBIX T®, aKTUBHBIX B KOpHE, y4acTHE
B PETYILIIUN Pa3BUTHUS TIEPUITIKIIA OBIJIO YCTAHOBICHO TOJTh-
ko it T® SHR u SCR (Parizot et al., 2012). I'ern SHR sxkc-
MpeccupyeTcs B KIeTKax CTelbl, 3areM 0esok SHR nepeme-
TIIaeTCs B IIEPHULIIKIT A SHIOACPMY, TIe 00pa3yeT reTepoauMep
¢ T® SCR. Mumiensto mumepa SHR/SCR ciysxur psi reHos,
AKCIPECCUPYIOMIMXCS B YHAOAEPME U MEPHUIMKIIE, B 4acT-
HoctH, caMm TeH SCR (Cui et al., 2011); ren, xogupyromuit
MukpoPHK 165/166, koTopbie peryimupyoT YPOBEHb TPaHC-
kpurtoB renoB HD-ZIPIII (Emery et al., 2003); a Takke reHsl,
perymupytomme 6amanc aykcuHoB 1 LK B creme (Okushima
et al., 2005; Cui et al., 2011).

I'eneTnuecknii KOHTPOJIb MOAACPKAHNSA U PA3BUTHS IEPH-
[IUKJTa U3YYCH 3HAYUTEIBHO XyXKE, YeM KOHTPOIb Pa3BUTHUS
JIPYTHX TIEPBUYHBIX MeprcTeM. TeM He MeHee B KOHTPOJIC pa3-
BUTHSI IEPUIIUKIIA YYACTBYET PSIJI PETYIIATOPOB, XapaKTEPHBIX
st KAM, nanpumep T® SCR u SHR. Tlo Bceit Bugumoctu,
B IEpUIMKIIE He dKcnpeccupyrorcss WOX rensl, o kpaiine
Mepe, Yy 3TOH MEPHCTEMBI He BBISIBJICHO «CBOero» reHa WOX,
OTIPEIICTIAFOIIETO €€ HACHTHIHOCTb. B TO ke BpeMst Ha paHHIX
CTaUAX MHIYKIUU APYTHX THIIOB MEPUCTEM W3 MECPHUIIUK-
Jla UMEET MECTO aKTHBaIus dkcrnpeccun WOX TeHOB, Kak
npasuio, WOX5 (B BK, kiry0eHbKax, Kauryce, CIOHTaHHBIX
W MaToreH-MHIyIMPOBaHHbBIX omyxousix) (Gonzali et al., 2005;
Atta et al., 2009; Osipova et al., 2012; Bunorpamosa u ap.,
2015; Lebedeva et al., 2015), Ho nHOTHA M ApyTHX: WUS nipn
pereneparuu moderoodpazoBanuem (Atta et al., 2009), WOX4
MIpH 3aKJIaJike MexXImy4dkoBoro kamous (Suer et al., 2011).
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CrniocoOHOCTh nepurukia k uHAyKimu bK n nonnepsxanuio
MEpPUCTEMATHIYECKOH aKTUBHOCTH B TEUEHHUE JUIMTEIHLHOTO
BpeMeHHU mocie Bbixona n3 KAM mo3Bonmna BBIABHHYTH
MPEAIOIOKEeHUE O (PYHKIMH MEPUIHKIIA KaK «PaclIMpEeHHO
anmukanbpHON Mepucteme KopHsS» (De Smet et al., 2006).
I'ensl, oTBeuaronue 3a nopnepxanne KAM, takue kak WOX5
n ACR4, HaunHAIOT SKCIPECCUPOBATHCS HA CaMBIX PaHHHUX
STamax pa3BUTHsI IPUMOPANS OOKOBBIX KOPHEH, ITPU MEPBBIX
ACMMMETPHYHBIX JISNICHNAX KieTok nepunukia (Gonzali et
al., 2005; Stahl et al., 2009). 3akinagka BK HaxomuTcs mon
CIIOKHBIM T€HETHYECKUM KOHTPOJIEM, B OCHOBE KOTOPOTO
nexut aktuBaiys KAM-cnennpuanesix TO mon gelicTBreM
aykcuHa. OHON M3 MUILIEHEH NEeHCTBUS MHOIMITYKCYCHON
kucnotsl (MYK) B knetkax-ocHoBarenpHANIAX BK ciry>kuT rexn
GATA23, xoqupyromuii Td: 5TOT reH HaYMHAET 3KCIPECCHPO-
BaThCA B KJIETKAX KCHJIEMHOTO MEPUIMKIIA TTepe]] X IePBbIM
ACHMMETPHUYHBIM AHTHKIIMHAIBHBIM JCJICHUEM — COOBITHEM,
C KOTOPBIM CBS3BIBAIOT MOMEHT WHHMIMAINN OOKOBBIX KOp-
Hell. CHmkeHue ypoBHs TpaHckpunta GATA23 myrem PHK-
nHTepdepeHn ymMenpinaeT gncio BK, 9ro moareepxxmaaer
HeobxomumocTs 3Toro T s ux 3axmanku (De Rybel et al.,
2010). B otnuymne oT ayKCUHOB, IUTOKUHUHBI TIOJABIISIIOT
obpasoBanne BK, oka3piBast BIUSHIE HA SKCIIPECCHIO TCHOB
PIN, xonupyroomux nepeHocyuku aykcuHoB. [Ipu stom LK
perynupyioT pacnosnoxkernue BK Baons ocu maBHOro xop-
HS: MOKA3aHO, YTO B KJIETKAX MEPUIMKIA, MPUIETAIOMINX
k nmpumopauio BK, numeer mecto akTuBanus OnocuHTE3a
LIUTOKUHUHOB, YTO HE MO3BOJIAET HOBBIM mpumopausiM BK
3aKJIaIbIBATHCS B HEOCPEICTBEHHOW OJIM30CTH OT «CTaporoy»
(Chang et al., 2015).

KrneTku kcnuneMHOro nepuIuKia, KOMIeTeHTHBIE K 3aKiIa/1-
ke bK, Take Urparor nepBOCTENEHHYIO POjb B IIpoLeccax
KaJTyCcOTeHe3a M pereHepalu: BO MHOTOM 3TH IPOLECCHI
CXOAHBI ¢ mporueccoM 3aknanku bK, Ho oTnnyarores no Ha-
60pam reHoB, HKCIPECcCcHs KOTOPBIX HHIIYIIUPYETCS B KIETKAX
MIEPUIIMKIIA [TPU OTIPE/ICIICHHBIX YCIOBHSAX KYJIBTHBHPOBAHUS
(Atta et al., 2009). Tak, npu KyJIbTUBUPOBAaHHH KOPHEBBIX
Y THUTOKOTHIIBHBIX AKCIUTAHTOB apaOHO0TICHCa HA CPEese A
WHIYKIMH KaJuTyca 3a CUeT JIEJIEHHUS KICTOK KCHIJIEMHOTO
MEPHUIMKIIA Ha DKCIUIAHTaX (OPMHUPYIOTCS BBIPOCTHI, IO
cBoeil Mopdornorun cxomusie ¢ mpuMopansaMu bK. B atux
CTPYKTYpPax aKTHBHPYETCSI ayKCHH-UyBCTBHUTEIBHBIA IPO-
MoTop DRYS, HaOIoqaeTCst SKCIPECCHsl FeHOB, XapaKTePHBIX
ms BK: WOXS5, PLTI, SCR, SHR, GL2 wn 1. 1. (Atta et al.,
2009; Sugimoto et al., 2010). [TepeHoc 3KcIIaHTOB Ha Cpemy
C ayKCMHOM BbI3bIBAET 3aBeplleHne Au(HepeHIUPOBKH ITPHU-
MopaueB kajutyca v npespamienue ux B bK. ITpu nepenoce
K€ 9KCIUTAHTOB Ha CPEy ISt MHIYKIIMH TOOETOB (C MOBBIIICH-
HbIM coziepxkanueM LK) npumopauu kanmyca npeBpararorcs
B TIO0ETM — B HUX CHMYKAIOTCSI YPOBHHU SKCIIPECCHUH KOPHE-
crnenr(UYHBIX TEHOB W HAUYMHAIOT AKTHBHPOBATHCS TCHBI,
xapaxrepnsble i1 [IAM, takue kak WUS u STM. KynbTupaiust
KOPHEBBIX U TUIOKOTHJIBHBIX SKCIIIIAHTOB apaduIoTcrca Ha
6oraroii LIK cpene anmst nmoGerooOpa3zoBanus (MUHYS Cpemy
JUIS KaJUTyCOT'€HEe3a) MOXKET NMPHUBOAUTH K MPSMOH 3aKIaaKe
MOOETOBBIX MEPUCTEM U3 KIETOK KCHJIEMHOTO NEPHINKIA
(Atta et al., 2009).

HenaBHo moka3zaHO, YTO CXOIHBIE C KaJITyCOT€HE30M
MIPOLIECCHI MTPOUCXOAAT MPHU 00pa30BaHMUMU OITyXoJseil y pac-
TEHHH, B YaCTHOCTH OITyXOJICH Ha KOPHSIX HHOPEAHBIX JIMHUI
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penuca (Lebedeva et al., 2015), kopoHuaroro rajuia, HHIY-
UpOBaHHOTO A. tumefaciens (Bunorpanosa u ap., 2015),
M KOPHEBBIX TaJUIOB, MHAYIMPOBAHHBIX ITAPa3UTHUECKUMHU
nematogamu (De Almeida Engler, Gheysen, 2013). Tak,
TIpH U3YYCHUN MEXaHN3MOB arpo0akTepHaIbHON TpaHCop-
Mallli PACTUTEIBHBIX KJIETOK YCTaHOBJICHO, YTO TEPEHOC
u uHrerpanus T-/IHK B KOpHEBBIX 3KCIIITAHTaX MPOUCXOIAT
MPEUMYIIECTBEHHO B KJIETKH MEPUIIMKIIA; YACTOTA YCIIEIITHOH
pereHepanyy TpaHCTEHHBIX PACTEHUH NMPH TpaHChOpMaInN
KOPHEBBIX 3KCIUIAHTOB apabujoricuca A. tumefaciens co-
crasisieT B cpegaeM 0,5 %, Toraa kak goist TpaHchopMannu
1 YCTICIIHOH peTeHepaiy TPAHCTEHHBIX PACTEHHUH U3 KJICTOK
nepunukia focturaet 50 %, 4To CBUAETENBCTBYET O BBICOKOH
KOMIETEHITH KJIETOK UMEHHO 3Toi JIM Kk arpobakrepnaib-
Ho#t Tpancdopmarun (De Buck et al., 2000). Pannue craguu
pPa3BUTHs CIIOHTAHHBIX OIYXOJIEH M KOPOHYATOro Tajuia
MOP(OIOTUYECKH U TIO PACTIPEACTICHHUIO JISNISIIUXCS KIETOK
CXOZIHBI C PaHHUMHM CTagusMu MHAyKIHH BK n BKiIrowaroT
B ce0st (hOpMUPOBAHUE MAKCUMYMOB KOHLIEHTPALUH AyKCH-
HOB M MHIYKITHIO dKcmpeccun reHa WOXS5 (Bunorpanosa
u 1p., 2015; Lebedeva et al., 2015).

Kpome 3Tor0, nIepuLuKI y4acTByeT B (hOPMUPOBAHUU
MEpPUCTEM CUMOMOTHUYECKUX KIYOSHBKOB MpPU B3anMOACH-
cTBHU 0000BBIX pacTeHuii ¢ puzoOusiMu. CorntacHo HanOostee
pacnpoCcTpaHeHHOW TUIoTe3e, KIlyOeHbKN BOSHUKIIM B XOJ1€
9BOJTIOLUH HAa OCHOBE MOAM(MKAIINU MPOTpaMMBbl Pa3BUTHUS
OokoBbIx KopHeit (Mathesius et al., 2000). Maummamus kinetod-
HBIX JICJICHUH [TPpY 00pa30BaHNH ITPUMOPIUEB KITyOSHBKOB TaK
JKe, KaK ¥ IIpH 3akiiajike npumopaues bK, kak npasuio, npo-
MCXOJUT B KCHJIEMHOM IIEpUIHKIC. B cHCTEeMHBII KOHTPOIIb
(aBrOperyssiuio) pa3Butusi KiyoeHbkoB U BK mMoryT ObITh
BOBJICUECHBI OOIITHIE KOMITOHEHTBI: Y MyTaHTOB C MOBBIIICHHBIM
KOJINYECTBOM KIIyOCHBKOB (CyNEepKIyOeHBKOOOPA3yIOIIHX )
TaK)Ke YBEJIIMYCHO M YKCIIO OOKOBBIX KOpHe# (Searle et al.,
2003). Ipyras ocodbeHHOCTH, cOmmkaroras kiryoeHek ¢ bK, —
HaJIM4Ue y Hero coOCcTBeHHOW MepucreMbl. ITokazano, 4ro
BO)XHYIO POJIb B 3aKJIaJIKe M IMOJJIEPKAHUK KIIyOCHBKOBBIX
MepHucTeM urpaet reH WOX5 — peryniarop MOKOSIIETocs
nearpa KAM (Ocwumnosa n ap., 2011; Osipova et al., 2012),
B MEpUCTEME KIIyOEHBKOB ITOT XK€ I'€H CIIY>)KUT MHUIICHBIO
CHCTEMBbI aBTOPETYISIIIMN KITyOEHBKOOOPA30BaHUs, BKIIIOYA-
romieid B cedst onpenenenubie CLE-enTuab! u ux perentops
(Mortier et al., 2010).

Kannycoo6pasoBaHue 1 comaTnyeckui
ambpuoreHes: TBOpUYECKUI Nogxon

K Pa3MHOeHWNI0

TOTUIIOTEHTHOCTh M BBICOKAs MIACTUYHOCTH MPOTPaMM
pa3BUTHSI — JIaBHO M3BECTHBIE 0COOCHHOCTH PACTUTEIBHBIX
K1eToK. OJTHUM U3 CII€ACTBUI TAKOH IIIACTHYHOCTH SBIISIETCS
CIOCOOHOCTB pacTeHUH MPOYLIMPOBATh KAJUTyC — Maccy He-
JddepeHIIMPOBaHHBIX KIETOK, CIIOCOOHBIX IOATOMY JaTh
HadaJio [IeJIOMy PacTeHHIO. M3Ha49anbHO KaJlTycoM Ha3bIBaIH
pacTUTENFHYIO TKaHb, 00Pa3yONIyIOCs Ha TIOBEPXHOCTH PaH
NOOEroB WJIM YEPEHKOB B pe3yJibTare JeleHus ONKaimnx
JKHBBIX KJIETOK, JUIs TAKOTO PAHEBOTO KaJUTyca XapaKTepHO Ha-
KOTUICHFE KaJUIO3bI, OTKy/Ia U motwio ero Ha3BaHue (Ikeuchi et
al., 2013). B Hacrosiiiee Bpemsi 3TOT TEPMUH IIPUMEHSIIOT JIJIsI
o0o3HaueHns 000 HeauddepeHnnpPOBaHHON MacChl pac-
THUTENBHBIX KJIETOK, HAIlpIMep, 00pa3oBaHKE KaJLTyca MOKHO
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WHJIyLIUPOBATh i1l Vitro U KyJITUBUPOBAHUH IKCIUIAHTOB Ha
cpeze, comeprkarieit aykCHHbI 1 TUTOKUHUHEI (Skoog, Miller,
1957). B cooTBeTCTBMH C HATMYMEM HJIM OTCYTCTBUEM IPHU-
3HAKOB BTOPUYHOHU AP PEpPEHIINPOBKH BBIISISFOT HECKOJIBKO
TUIIOB KaJulyca: HeAu(PpepeHINPOBAHHBIH KOMITAKTHBIN;
KOpHeoOpasytomuii (rooty callus, perenepupyromiuii KOpHn);
noberoobpasyromuuii (shooty callus, perenepupyroruii mooe-
TH); SMOpHOTeHHHBIH (embryonic callus, cmoco6usIf k CD)
(Jiang et al., 2015).

HecmoTps Ha ayuTenbHOE U3Y4YEHUE, O MOJIEKYJSPHBIX
MEXaHU3MaxX KaJuTycooOpa30BaHUS U3BECTHO HEMHOTO. Tem
HEe MEHee MCCIIeIOBATEeNIN CXOIITCS BO MHCHHH, YTO KaJLTyC
M0 CYTH IPEACTABISIET CO00H aHOMAaJIbHYI0O MEPUCTEMOIIO-
O0OHYIO TKaHb, CIIOCOOHYIO JaBaTh HA4Yalo HOPMAJIbHBIM
MepHcTeMaM (IIpU pereHepariy NoOeroB 1 KOpHEH U3 Kayuty-
ca, npu comatuyeckom smopuorenese) (Ikeuchi et al., 2013;
Jiang et al., 2015). B cBoro ouepenp, KaTyc 9acTO WHAYIIH-
pyeTcs M3 CyIIECTBYIOIINX MEPHCTEM, HapuMep, Kalilyc
Ha TUIOKOTUIILHBIX U KOPHEBBIX JKCIUIAHTaX apabujorcuca
pa3BuBaeTCs U3 KIETOK KCHJIEMHOTO repuinkia (Atta et al.,
2009) nu Bo3HUKAET 3a c4eT AeAu((HEpeHIMPOBKH KIETOK
(Jiang et al., 2015).

B MHOTOUHCIICHHBIX MCCIIEAOBAHUAX MTOKA3aHO, YTO 00-
pa3oBaHME KaJUTyca MOXXHO BBI3BATh, MAHUITYJIHPYS! YPOB-
HSIMH 9KCIIPECCHU T'€HOB-PEryJISITOPOB KJIETOYHOTO IHKIIA,
Takux kak E2F (E2 PROMOTER BINDING FACTOR) u DP
(DIMERIZATION PARTNER), KoTOpBIE KOIUPYIOT B3aUMO-
neiictyrone TD, HeoOXoaUMBbIE JJIsI KOHTPOJISI PEerIMKa-
mun JJHK (Kosugi, Ohashi, 2003), KRP (KIP-RELATED
PROTEIN), xonupyronye HHrnONTOPHI IIMKIIMH-3aBUCUMBIX
kuHa3 (Anzola et al., 2010). YcuneHHoe kayurycooOpa3oBaHue
XapaKTEepHO TAKXKE VI JIMHUI CO CBEPXIKCIPECCUEN TEHOB,
KOAMPYIOIINX HeoOXomuMmble tst pa3Butus nucta TO LBD
(LATERAL ORGAN BOUNDARIES DOMAIN) u ayk-
cun-3aBucuMbie T® ARF7 1 ARF19 (AUXIN RESPONSE
FACTOR?7 n 19), Mumenpto AeicTBHS KOTOPBIX CITyKaT
Beiieynomsinytbie rensl E2F n DP (Okushima et al., 2007;
Berckmans et al., 2011). B perymsauuu yposus 6enkoB KRP
BR)XHYIO POJIb UTPAET OCJIOK-TPAHCKPUIIIIMOHHBIN a/lalTop
PRZ1 (PROPORZ1); nmotrepsi ero ¢pyHKINHU Y MyTaHTa apadu-
JIoTicuca przI BBI3BIBACT CIIOHTAHHOE KaJTyco0Opa3oBaHUe,
CONPOBOXKIAIOIIEECs] CHIPKEHHUEM YPOBHEH AKCIIPECCHH TCHOB
KRP (Sieberer et al., 2003). B cBoro ouepeib, akTUBAIHSI HE-
KOTOPBIX Ipyrux T® BbI3bIBAET CIIOHTAHHBIN IEPEXOA K COMa-
THYECKOMY SMOpHOTeHe3y U (POPMUPOBAHHE IMOPHOTCHHOTO
Kajuryca (CM. HUXKe).

ITonMO HOpPMaNBHOTO 3UTOTHYECKOTO AMOpPHOTEHE3a, IS
pacTeHnit XapakTepeH COMaTHYECKHH 3MOpHOTeHe3 — Ipo-
L[eCC, MPU KOTOPOM HE3UTOTHYECKHE KIETKH (OPMHUPYIOT
SMOPHOHBI, KOTOPBIE 3aTE€M ITPOXOASAT YEPE3 XapaKTEpHbIE CTa-
JY SMOPHOHAIEHOTO Pa3BHUTHS, B KOHEYHOM UTOTE (hOPMHUPYS
HoBoe pactenue (Chen et al., 2009). MHorue Buibl pacTeHuit
XpaHAT B ce0e MOTeHIIHATBHYIO CITOCOOHOCTH K C3, 0HaKO
y OONBIIMHCTBA U3 HUX /IS 00pa30BaHUSI COMAaTHUYECKUX
SMOPHOHOB HEOOXOMUMBI CIICIU(DUICCKUE YCIOBUS in Vitro,
KOTOPBIE OOBIYHO BKITIOYAIOT B ce0s1 00pabOTKy TOPMOHAMH U
pas3BuTHE SMOpHOTeHHOTO0 Kayuryca. ComaTrinueckuii aMOpro-
reHe3 UMEeT MHOKECTBO YEPT, TPUCYIIHX 3UTOTHUECKOMY dM-
Opuorenesy (33). B xome pa3BUTH cOMaTHIeCKOro SMOpHoHa
O0OBIYHO MOXKHO PA3IMYUTh MOP(OJIIOTHYECKUE CTAJNH, Xa-
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PaKTepHbIC I Pa3BUTUS SMOPHUOHA U3 3UTOTHI (Zimmerman,
1993). B wacTHOCTH, BasKHBIM 3TarioM CO SBIISETCS 3aKJIaIKa
IIYJIOB CTBOJIOBBIX KJIETOK IEPBUUYHBIX MepucteM — [TAM,
KAM wu npokambusi. HeoOxoaumoe ycioBue HOPMaJIbHOTO
Mopdorenesa 3apozsima mpH 33 1 CO — co3maHme TOKaTBHBIX
MaKCUMyMOB KOHIICHTpPAIH ayKCHHA, KOTOPbIE BO3HHKAIOT
Onarosapsi akTHUBHOCTH OEJIKOB HOJIIPHOTO TPAHCIIOpTA ayK-
cunoB PIN; B wactHOCTH, TOKa3aHO yyacTue reHa PIN/ u ero
romonoros B CO y 4. thaliana (Su et al., 2009) u Picea abies
(Palovaara et al., 2010).

YcTaHOBIIEHO, 9TO OOJIBIIOE KOJTHMYECTBO TEHOB, paboTaro-
mux B xone CO, QpyHKIMOHUPYET U MPH 3UTOTUYECKOM M-
Opuorenese. Cpeau HUX, HAIPUMED, TeHBbI, Kopupytomye T
passbx rpym: LEC1 (LEAFY COTYLEDONT1) (Lotan etal.,
1998), LEC2 (LEAFY COTYLEDON?2) u FUS3 (FUSCA3),
BABY BOOM (Boutilier et al., 2002), AGAMOUS-LIKE15
(Zheng et al., 2013). B uncno perymsaropo C3 Takxke BXO-
qat penentopras knHaza SERK (Somatic Embryogenesis
Receptor Kinase) u3 cemeiicrea LRR-RLK (Santiago et al.,
2013); Tounsie ¢pynknnu ee B CO He BBISICHEHBI.

K unciry o6mux perymnsitopoB C3 1 350 MOXKHO TakKe OTHE-
ctu TO cemeiicrea WOX. Y apabujioricuca Ha CaMbIX paHHHX
craausax 30 ¢pyakunornpyioT T® WOX2, WOX8 1 WOXO9,
KOTOpBIE OTIPEICIISIOT HEPBUYHYIO «PAa3METKY» 3apOJbIliia; Ha
Oosiee MO3HUX CTAUSIX B KJIETKaX, KOTOPbIE BIIOCIIEICTBUH
nmamyT Hadano ITAM u KAM, skcnpeccupyrorcs renst WUS n
WOX5 (Haecker et al., 2004). Brioiae BeposiTHO, YTO B KOH-
Tposie CD y4acTBYIOT T€ K€ TPAHCKPHIILIMOHHBIE (DAaKTOPBI.
Tak, nccnegoBanne CO y BHHOTpaga IMOKa3aio, 9To MpaK-
THUYECKH Bce TeHbl WOX y 3TOro BUA 9KCIIPECCUPYIOTCS B
X071€ KaJuTyco00pa30BaHusl, IPH TOM IKCIPECCHUSI HEKOTOPBIX
U3 HUX aCCOIMUPOBaHA C HEAMOPHOTEHHBIMHU KaJITyCaMH, a
JIpyTUe 3KCHPECCUPYIOTCS KaK pa3 B XO/E€ COMaTH4eCKOro
sMmOpuoreHesa. Y apadujorncuca sxcrpeccust rena WUS city-
KUT MapKepoM 1 CTUMYISITopoM CO U y4acTBYET B 3aKIIa IKe
ITAM y comarnueckux 3apoasiieii (Chen et al., 2009; Su et
al., 2015); ren WOX35, B cBOIO 0O4Yepelb, yIaCTBYECT B 3aKJIA/IKE
KAM comarngecknx 3apoxpimiei (Su et al., 2015). Ha pa3nabix
BUJIaX PACTCHMH MOKa3aHO, YTO B COMAaTHIECKUX 3apO/IBIIIax
TaKXKe dKCIpeccupyrorcsi romosioru reHoB WOX2 (Gambino
etal., 2011; Klimaszewska et al., 2011; Rupps et al., 2016) u
WOX9 (Kurdyukov et al., 2014). T'omomoru renos WOXI u
WOX3, QyHKIMOHHUPYIOIIMX B XO€ PA3BUTHS JIHCTA, aKTH-
BUpYIOTCS Ha o3nHUX cTanusax COy Vitis vinifera (Gambino
etal.,2011). Dxcripeccus B X0/i€ KaJTycO00pa30BaHMs W/HITH
CD y pa3HbIX BHJIOB PacTEHUI OTMeUYeHa TaKKe JJIsi TEHOB
WOXI1, 12w 13 (Gambino et al., 2011; Liu et al., 2014).

Fannbl n onyxonn: MepucTemMbl

nop KiY - 3aceneHne cerogHA

Jiist 0O6pa3oBaHus OMyX0Jed y pacTeHH XapaKTEepPHO MOBBI-
IIEHHE KoJIYecTBa (TUIepIuiasus) 1 pasmepa (runeprpodus)
KJIeTOK. YacTo y pacTeHHu BBIACTAIOT COOCTBEHHO OITyXOJH
(kayurycoro00HbIe CTPYKTYPBI C HEOTPAaHHUYCHHBIM POCTOM
1 c51a00 BBIpa)KeHHBIMH ITPU3HAKAMU BTOPUYHOM 1uddepeH-
IIMPOBKH, KaK IPABUIIO, CTIOCOOHBIE K TOPMOH-HE3aBUCUMOMY
POCTY ITpY M3OJSIIMU OT PAcTEHHMs) U TaJuIbl (OrpaHUYEHHO
pacTyliue CTpyKTypbl, COCTOSIIIME B OCHOBHOM U3 audde-
PEHIMPOBAHHBIX TKaHEH, HECOCOOHBIX K CaMOIOAJIEPKa-
nuto) (Dodueva et al., 2007). BcTpedatoTcsi cioHTaHHbIE
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OTYXOJIM, BO3HUKAIOIIME y PACTEHUU C ONpEeIelIeHHBIM
TEHOTHUIIOM, U MaTOTeH-MHAYIIMPOBAHHBIE, Pa3BUBAIOIINECS
TI0JT BIIUSTHAEM MapasuToB, KAK MPABHJIIO, 32 CYET M3MEHECHUS
rOPMOHAJIBHOTO OajlaHca B TKaHSX PACTEHHUS O]l BIUSHUEM
napasuta. bonpias 4acTh MHIYIHUPOBAHHBIX OITyXOJIEH —
9TO CTPYKTYPHPOBAHHBIEC, OTPAHUUCHHO PACTYIHE TaJJIbl;
00JbIas 4acTh CHOHTAHHBIX — ATO THUIIMYHBIC OIYXOJIH.
Kiaccuueckuil npuMep CIIOHTAHHBIX OITyXOJIeH NpeacTaBis-
0T OITyXOJIM Y MyTaHTOB apaduorcuca ¢ HapyIIeHHOH Kire-
TOYHOMH ajnre3ueii (tsd, pas, prz) (Frank et al., 2002; Sieberer
et al., 2003; Krupkova, Schmiilling, 2009), y TpancreHHBIX
pactenuil co ceepxakcnpeccueii CHRK-kuna3bl, TouHble
(DYHKIMM KOTOPOI B KOHTPOJIE JIEJICHUS! KIIETOK HEU3BECTHBI
(Lee et al., 2004), a Taxke y HHOPEAHBIX JTHHAHN, B YaCTHO-
CTH OMyXOJIeBBIX IMHKH peanca (By3oBkuna, Jlyrosa, 2007).
[TaroreH-nHyIMPOBaHHbBIE OITYXOJIH MOTYT OBITh BbI3BaHBI
GakTepusiMu, TPUOAMH, HEMATOIAMH, TIPOCTEHIINMH, WICHHU-
cToHOrUMH. [IpoMexyTOUHOE MOJIOKEHNE 3aHUMAIOT OITyXO-
JIeBbIE MEXKBHUI0BbIE THOPUIbI TA0AKa: C OTHON CTOPOHBI, 3TO
CTIIOHTaHHBIC OITYyXOJIH, C APYTOH — ISl UX MHAYKIUN HyKHA
9KCTIPECCHSI TOCIIEIOBATEIILHOCTEH, MOy YeHHBIX HEKOTOPBI-
MU M3 POJUTEIILCKUX BUJIOB OT arpoOaKkTepuii B pe3ysbTare
TOpHU30HTANBHOTO TepeHoca reroB (Intrieri, Buiatti, 2001).

Wupyknys rajuioB ¥ OMyXoJeld Ha pacTeHHH-XO3SHHE —
OJIMH M3 OPUTHHAJBHBIX CHOCOOOB KOJIOHHU3ALUHN PACTEHUI
OMOTPOPHBIMU TTATOTEHAMH, IPH KOTOPOM aHOMAaJIbHOE
paspacTaHMe PacTUTENBHBIX TKaHEH CO3JaeT JUIs MaroreHa
XOPOIIO 3alUIICHHYIO Cpely OOUTAaHUS C JIOCTYITHBIM HC-
TOYHUKOM NUINH. Bee 310 nocturaercst «penporpaMMupoBa-
HHEM) 3apaKCHHBIX PACTUTEIBHBIX KJIECTOK O] JCHCTBHEM
CHTHAJIOB, OCTYMAIOIIMX OT atorena. Kak npaBuio, TakumMu
CHUTHAJIAMH CITy’KaT (PUTOTOPMOHEI, CIIOCOOHOCTH K CHHTE3Y
1 CEKPEIH KOTOPBIX COCTAaBIISIET XapaKTEPHYI0 0COOCHHOCTD
OITyXO0JIb-WH/LyIUPYIOLIMX OPraHU3MOB. Pe3ysbratom Takoro
perporpaMMHUpPOBaHHs CTAHOBUTCS CO3/IaHKE ITyJIa ACAIINX-
cst HemuddepeHINPOBaHHBIX KICTOK ((PaKTHUECKH — HOBOM
MEpPUCTEMBI ), KOTOPBIH 3aceNsAeTCs HaTOTeHOM U 3aTeM B TOH
WA WHOW CTETIEHHU MPHOOpEeTaeT YepThl BTOPUIHON Tudde-
peHuMpoBKH. PsjoM mccienoBaresnei mMoka3aHO CXOJCTBO
OITyXO0JIeH ¢ HOpMaJbHBIMU MEPUCTEMAaMHU Ha OCHOBE IMCTO-
normaeckoro crpoenus (Ullrich, Aloni, 2000; Burorpamosa
u ap., 2015; Lebedeva et al., 2015) u sxcnpeccuu TreHOB
MEpUCTEMHBIX peryisatopos (JIyrosa u ap., 2008; Testone et
al., 2008; Bunorpaznosa u 1p., 2015; Lebedeva et al., 2015).
WHTepecHo, 4TO HEKOTOPbIE M3YYCHHBIC THIIBI OITYXOJICH
pacTeHuil NPOUCXOAAT U3 NEPULUKIA — [LUIIOPUIIOTECHTHOU
narepanpHOil Mepuctemsl (De Buck et al., 2000; Lebedeva
etal., 2015).

HawubGosee n3ydeHHBIN OIMyXOJb-UHIYLUPYOMUA Gurto-
MaToreH — BO30yauTeNIb KOPOHUATOTO raymia Agrobacterium
tumefaciens — BBI3BIBACT BCTPAaWBaHHE B TCHOM pPACTEHUI
T-JIHK, yuacTka mia3Mujibl, COAEpKAIIETro reHbl OMOCHH-
Te3a ONMMHOB M T€HBI (PMTOTOPMOHAIBEHOTO METaboIH3Ma.
DKcrpeccHs MOCIEIHUX NPUBOAUT K (POPMHUPOBAHHUIO
OILyXOJIM, U3BECTHOM I10J] HA3BAHUEM «KOPOHYATBIM Iajuny,
y mUpOoKoTo Kpyra BuaoB pactenuii (Garfinkel et al., 1981).
Koponuarslii rajut nmpezacTasisieT co00i THITMYHYIO OITyXO0JTh,
KOTOpast XapaKTepu3yeTcsi ObICTPOH Iposiudepanueii KIeTok,
CHOCOOHOCTBIO K TOPMOH-HE3aBHCUMOMY POCTY H TTOJTHOMH
norepeil criocodHoctn Kk perenepanyu (Ahuja, 1998). Mo-



Plant stem cells:
unity and diversity

JIO/I0M KOPOHYATBIN TaJljl BOZHUKAET Kak Hean(phepeHuupo-
BaHHAas Macca KJIETOK, B JAJIbHEIIIEM MOXKET MPOUCXOANTD
BTOpHUYHAs MU(QepeHInpoBKa HEKOTOPBIX THUIIOB TKaHEH,
Hanpumep nokpoBHbIX U ¢uioambl (Ullrich, Aloni, 2000;
Veselov et al., 2003). T'ncTonmornyeckuii aHaIN3 OMyXOJei,
WHIyIIUPOBAHHBIX A. fumefaciens Ha TOpoxe, O3BOJIHI BbI-
SIBUTh B HUX MEPUCTEMAaTHYECKHE CTPYKTYPbI, BHELIIHE HAIIO-
MuHatome KAM u copepxaliine MeaKue KJIETKU € INIOTHON
IIUTOILIa3MON. AHAJIN3 pactpeeIeHus Npoar(epupyrommx
KJIETOK B OITyXOJISIX C [IOMOILIBIO MEUEHOTO aHAJIOra TUMH/IMHA
5-3THHWI-2-e30KCUY PUIIHA, TIOKa3aJl, 9TO MPOIU(EePHpyIO-
IIKE KJIETKH B OITyXOJISIX COCPETOTOUCHBI B TAKUX MEPHCTEMO-
nof00HbIX CTpyKTypax (Bunorpanosa u np., 2015).

V3BecTHBI eIle HEeCKOJIBKO BHAOB Tajulo00pasyomux
Oakrepuii — Pseudomonas savastanoi, Pantoea agglomerans,
Rhodococcus fascians, KoTopble BbI3BIBAIOT (POPMUPOBAHHE
raJyIoB C O'PaHUYEHHBIM POCTOM. MHIYKIUS rajiioB STHMH
OakTepHusIMH TaK)Ke TECHO CBs3aHA C MX CIIOCOOHOCTHIO
K OuocuHTesy LIK u aykcrHOB, KOTOpast ONpeessieTcs mias-
MHJHBIMH WM XPOMOCOMHBIMH T'€HaMH; TeHbl OMOCHHTE3a
(bUTOrOpMOHOB Y TAIII000pa3yIOKX OaKTepHii IEMOHCTPH-
PYIOT BBICOKHI YPOBEHB CTPYKTYPHOTO U (DYHKIIHOHAJIBHOTO
CXOJCTBA JIPYT C APYTOM U ¢ TeHaMu A. tumefaciens, HO He
crocoOHbI BcTpanBarkesi B TeHoM xo3simHa (Glass, Kosuge,
1988; Vandeputte et al., 2005; Chalupowicz et al., 2009).

K unaykuum onyxosneBoro pocra y pacTeHUN TakKe Ipu-
BOJHT 3apa’keHHE HEKOTOPHIMU BHAAMHU (DPUTOMATOTCHHBIX
rpu0OB, cpean HUX HauboJee U3yueHbl TOJIOBHEBbIE IPUOBI
nopsinka Ustilaginales: nanpumep, Ustilago maydis BeI3pIBaeT
o0pazoBaHMe OITyXo0JIel Ha IToyaTkax KyKypyssl, U. esculenta
o0pa3yeT KpyIHHbIC «ChelNOOHBIC TraJlIbl»y Ha 3JaKke Zizania
latifolia (Chung, Tzeng, 2004). Muorue rpu0sI, mapasu-
TUPYIOIINE Ha PacTeHMSAX (HE TOJBKO rayuroodpasyroinue),
CIIOCOOHBI K OMOCcHHTE3Y U cekpennu puroropmonos (Chung,
Tzeng, 2004). Tax, y U. maydis 66111 WASHTUQUIAPOBAHBI
rensl iadl v iad2, kopupytomue gpepmenTs! Onocunresa YK
(Reineke et al., 2008). V cnopeiabu (Claviceps purpurea)
UJICHTH(UIMPOBAH YHUKAJIBHBII reH OHOCHHTEe3a INTOKHHH-
HOB CpIPT-LOG, XKOTOpPBI KOAUpYeT THOPUAHBIN (DEpPMEHT,
00BEUHSIONINI B ceOc (PyHKIIMOHATBHBIC JOMEHBI OCIIKOB
IPT u LOG, xarann3upyromux Ba IMOCJICA0BATEIFHBIX dTara
omocunTesa muToknHUHOB (Hinsch et al., 2015). Crioco6HO-
ctbto k cexpern YK u IIK obnaaer Taxke omyxolb-HH-
Iynupytoee npocreitee Plasmodiophora brassica — Bo3-
OynuTens karrycTHOH Kuitsl (Devos et al., 2006), a Taxoke psz
raJUIOMHIYIUPYIOIIKX wieHucTonorux — kiemieit (De Lillo,
Monfreda, 2004) u nacekombix (Tooker, Helms, 2014). Tem
HE MEHee TeHbl, peryinpyronpe OnocuaTe3 aykcuuos u LK,
y 9TUX (HUTONAPA3UTOB MOKAa He OOHapyxeHbl. HekoTopsie
HCCIIeIOBATEH CYUTAIOT, YTO CHHTE3 (PUTOTOPMOHOB Y 9THX
OpPraHW3MOB OCYIIECTBIISIETCSI CUMONOTHYECKUMHU OaKTe-
pusmu (Giron, Glevarec, 2014). IToBblleHne copepxanus
SH/IOTEHHBIX (UTOTOPMOHOB, B ocobderHoctd UVK u LK,
OBUIO TIOKAa3aHO TAKKE ISl CHOHTAHHBIX OIyXOJICH PasHBIX
tunoB (Ahuja, 1998; Matveeva et al., 2004; Lee et al., 2004).

Bo3moxxHOl MunieHeto aeictsus aykcuHoB u LUK mpu
WHJTyKIIUH OITyXOJIEH CTAHOBSITCS TEHBI, KOANPYIOIINE MEpH-
cTeM-creuu(pUIHbIC TPAHCKPUTIIIMOHHBIE (hakTopbl. Tak, Ipu
3apa’keHUH PaCTEHUN Mapa3suTHIECKuM TpudoM Taphrina de-
formans, BEI3BIBAIONIMM 00JIE3HB KypUaBbIX JIMCTHEB IIEPCHKA
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U CJIUBBI, IMEET MECTO aKTHBanus sxcnpeccuu rena KNOPE|,
opromnora rena KNATI apabunoricuca, mpudeM 30HBI €ro
9KCIIPECCUH COBITA/IAIOT C YIACTKAMH ITPONIU(epaniuy KICTOK
nanucaanoit mapeuxumsl (Testone et al., 2008). AxruBarus
skcripeccnn reHa RsKNATI oTMedeHa Taxke MPH Pa3BUTHU
CTIOHTAHHBIX OITyXOJICH Ha KOPHSIX MHOPEIHbIX JIMHUH pean-
ca (JIyrosa u mp., 2008). HenaBHO ObLUTO MOKa3aHO, YTO MPU
pOCTe KOPOHYATOIO Tajjla Ha TOPOXe UMEET MECTO aKTHBA-
st 9kcnpeccun reHa WOXS (Bunorpanosa u np., 2015).
B crioHTaHHBIX OIYXOJISIX Y MHOPEIHBIX JTMHUN PENca TaKKe
MMEeT MECTO aKTHBAIMs dKcmpeccuu WOXS5, mpudem K-
MIPECCHSI 3TOTO I'eHa COCPEA0TOUEHa B 30HAX NMposndepann
KJIETOK M PUJIEraeT K MaKCUMyMaM KOHIICHTPAIMU ayKCHHA
(Lebedeva et al., 2015). Emte onua MepucTeM-CcrieiupIIHBINR
TeH, aKTUBUPYIOIIUICS IPHU Pa3BUTUH oltyXonel, — SHR, ak-
TUBALSI SKCIIPECCUH KOTOPOTO OOHApYKEHa B OITyXOJISIX, MH-
JTyIHpOBaHHEIX arpodakrepueii (Bunorpamgosa u ap., 2015).
Hecxkonbko mHas cTpaTerus HHAYKINU OIyXoJel Ha pac-
TEHUH-XO35IMHE CBOIICTBEHHA HeMaronam poaoB Globodera,
Heterodera n Meloidogyne, mapasuTupyIommM Ha KOPHSX.
O0pazoBaHKe TaKUX OIYXOJICH HHTyIUPYETCsl IPH BIIPHICKHU-
BaHHMU B TKAHW KOPHSI CEKPETa IIOTOUHBIX XKeJle3 HeMaTo/Ibl,
KOTOPBII COIEPKHUT OCJIKN, OUEHB CXOIAHBIE C PACTUTEIILHBIMU
CLE-nentunamu (Wang et al., 2005; Huang et al., 2006).
Hexotopsie CLE-nentuabl HeMaTo UAEAIbHO «MUMHUKPH-
pytom» ion CLE-nienrtus pactenmii. Hanmpumep, CLE-nomen
nentuna HsCLE2 Heterodera schachtii nieHTHYIECH TAKOBOMY
y xopHecnenuduunbix nentuaoB AtCLES u AtCLE6 apa-
6mumoricuca (Wang et al., 2011). YcranosneHo, 9To «HEMATOA-
uble» CLE-mienTuipl, Hapsay ¢ «pacTUTEILHBIMIY, TPOXOIST
MOCT-TPAHCISUOHHYI0 MOAM(DUKAIUIO B PACTHTEIbHOM
kietke (Chen et al., 2015) u B3anMoAEHUCTBYIOT C OTHUM U3
pacturensHbx perentopoB CLE-nentunos — CLV2/CRN
(Replogle et al., 2011). O BbicokOM (pyHKIIMOHAIBHOM CXOJI-
CTBE «HEMATOMHBIX» M «pacTuTenpHbix» CLE-mentnnos
CBUJICTEJIbCTBYET BBISBICHHAS y psina «HeMaroaHsix» CLE
CIIOCOOHOCTh KOMIUIEMEHTHPOBATh MyTaluio c/v3 y apadu-
noricuca (Lu et al., 2009). Bmecte ¢ Tem CLE-nientuast Mo-
TYT Y4acCTBOBATh B Pa3BUTHH JIPYTHX THUIOB oryxoinel. Tax,
akTuBanus sxcrpeccun reva CLE41, xomupyromero CLE-
METITH/I, HEOOXOIUMBIH AJIsI TOAAEPKaHNsT KaMOWs, BBISIBIICHA
MIPY U3yYCHUHU TPAHCKPUIITOMA OITyXOJICH, HHTyTUPOBAHHBIX
arpobakrepueii (A.A. TkaueHKO, yCTHOE COOOIICHHUE).

Mepucrtembl Kny6eHbKOB:
COBMeCTHOe npeanpuATme
no pa3paboTke NPMPOAHbIX PpecypcoB
K BropnunbsiM MeprucTeMam, KOTOpbIe GOPMUPYIOTCS de novo
IIPY ONPEJICJICHHBIX YCIOBHUSIX, MOYKHO OTHECTH MEPHCTEMBI
CHENNAIN3UPOBAaHHBIX OPTaHOB, TAKUX KaK a30TQHUKCHPY-
fone KiyOeHbKH, oOpasyromuecs: Ha KOPHsIX 0000BBIX
pacteHuii ipu cuMOHo3e ¢ OakTepusMU-pu300oHusIMu. Kiry-
OeHpKH 00pa3yloTcs B pe3yiabTaTe CUTHAJIBRHOTO OOMeHa
MEXKy PacTeHHEM-XO3IMHOM, BBLACISIONINM (DIaBOHOM/IBI,
U PU300MSIMHU, CEKPETUPYIOIUMHI CHTHAJIbHBIE MOJIEKYIIBI
JUMOXUTOONIUTOcaxapuIHoi npuponasl Nod-daxropsr. Boc-
npusATHE OAKTEPUATIBHBIX CUTHAJIBHBIX MOJIEKYJI pACTCHUEM
BBI3BIBACT PsiJi MOP(OIOTHUECKUX U (PU3HOIOTHIECKUX U3-
MEHEHHH B KOPHEBBIX BOJIOCKAX, 33 CUET YETO CTAHOBUTCS
BO3MO)KHOI OakTepHanbHast KOJIOHU3AIMS PaCTCHUS-X035IMHA.
Developmental genetics
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OpnHoBpeMeHHO ¢ 3TuM Nod-(haKkTopbl IUCTaHIIMOHHO CTH-
MYJUPYIOT KJIETKH TIEPUINKIIA, BHI3bIBAS B HUX IIEPECTPONKY
IIUTOCKENETa U NPOoIH(epaluio KIETOK KCHIEMHOTO TIepH-
UK U MPUISKAIMX K HAM KeTok kopbl (Timmers et al.,
1999). Y 6060BBIX pacTeHHI C HEIETSPMHUHNPOBAHHBIM THITOM
KITyOSHBKOB M3 KJICTOK ITEPUIIMKIIA 3aKJIA/IbIBACTCS CAMOTIO/-
Jiep KuBarolas MepucTeMa, oaroaapst akTuBHOCTH KOTOPOH
mponoipkaeTcs poct Kiryoenska (Crespi, Frugier, 2008).

Y 6000BBIX pacTeHNH CyIIECTBYET TaK Ha3bIBaeMasi CHCTE-
Ma aBTOperyJsiHy Ki1yoeHpKo00pa3oBaHus (aHII. autoregula-
tion of nodulation, AON), ocymiecTBIsIONIast CHCTEMHBIN KOH-
TPOJIb PA3BUTHS KIyOCHBKOB Ha YPOBHE IIEJIOT0 OPraHU3Ma.
AON mnpezicraBisier cO00# MEXaHN3M, TOCPEIACTBOM KOTOPOTO
pacTeHne HHrHONpYeT JambHelIee OpMUPOBaHIE KITyOSHb-
KOB Ha KOPHSIX ITOCJIE TOTO, KaK ykKe 00pa30BaINCh HECKOIBKO
nepBbIX KiyoeHbkoB. B AON y Bcex M3y4eHHbIX 000OBBIX
BoBnedera CLV | -nogobnas perenrropras kunasza (Oka-Kira,
Kawaguchi, 2006); mytanuu B rene CLV 1-nogo0OHo# knHa3b1
(MtSUNN Medicago truncatula/ LiHARI Lotus japonicus/
PsSYM?29 Pisum sativum/ GmNARK Glicine max), nipuBo-
JT K cynepkiryoeHbkooOpasytomemy (enorumy (Searle et
al., 2003; Schnabel et al., 2005; Okamoto et al., 2009). Kax
MOKA3aJIi IKCIIEPUMEHTHI C IPUBUBKAMH, CYNEPKITyOCHBKO-
oOpazyromuii HEHOTHUI TAaKUX MYTAaHTOB ONPEAEIIETCS MO-
0eroBoii 4acThl0 pacTeHus, TakuM oopazom, CLV 1-nogobHast
KnHa3a, BoBiuedeHHas B AON, ¢yHKIHOHUpPYET B modere.
AON HHUIIUHUPYETCS B XOJI€ Pa3BUTHH KITyOSHHKOB CHHTE30M
CHUT'HAJIA, MOCTYTAIOIIET0 N3 KOPHEHt (Tak Ha3bIBAEMBbIi CUTHA
‘Q’), xotopsrii mpenctasisier codoir CLE-mentuast: y mMo-
JIenbHBIX 0000BBIX pactenuit (M. truncatula, L. japonicus)
Obutn BeisiBieHbl CLE rensl (MtCLE13, LjCLE-RS1, LijCLE-
RS?2), sxcipeccust KOTOPBIX CHCNU(UIHO aKTUBUPYETCS TIPH
KiyoenbpkooOpazoBanuu (Okamoto et al., 2009; Mortier et
al., 2010). Csepxakcnpeccust Takux CLE reHOB NpHUBOMIIA
K CHCTEMHOMY ITOJJaBICHHUIO KIyOeHBPKOOOpa30BaHMS y pac-
TEHHH JTUKOTO THIIA, HO HE y CYNEpKIyOeHbKOOOPA3yIOIHNX
MyTaHTOB ¢ noteped gpynkuun CLV1-nogoOHOrO penento-
pa LjHAR1/ MtSUNN/ PsSYM29 (Okamoto et al., 2009;
Mortier et al., 2010; Osipova et al., 2012). Ha ocHoBaHUM
TakuXx JaHHbIX peanonaratoT, uto CLE nentuast MtCLE13,
LjCLE-RS1, LjCLE-RS2 sBnsrorca nmurangamu LRR-RLK,
BoBlIeueHHBIX B AON, 0JHaKO K HAaCTOSIEMY BpPEMEHU
nepemenienue dTux CLE-nenTuioB u3 KopHel B HA3eMHYIO
4acThb PacTeHHWH HE OBUIO MOATBEpKIeHO. Bocmpusarue mo-
cTynuBIIMX n3 Kiryoenpka CLE-ienTnmoB okann3oBanHON
B ucThsix CLV 1-1107100HO0#1 KHHA301, T0-BUIHMOMY, IPUBO-
JUT K (hOPMHUPOBAHUIO HOBOTO CHUTHAJIA, TIOCTYTAIOIIETO U3
robera 1 MojIaBIISIOIIEro Pa3BUTHE KIIyOEHBKOB, OHAKO €0
NpUpoJa He UASHTU(HUIINPOBAHA.

MumieHpio CUTHAJIBHOTO TyTH, HHAynupyemoro CLE-
nentugamMu B AON, ciyxkut ren WOX5. Dxcpeccust 3Toro
reHa MHAYLHPYETCsl IPH 3aKJIaJike KIIyOeHbKa U B JlaJIbHEH-
IIEM COXPAHIETCs] HA PAHHHUX CTAIMAX €r0 Pa3BUTHS B KIIy-
OeHbKOBOI MepucTeMe. Y CynepKIyOeHbKOOOPa3yIoIIero My-
TaHTa JIIOLUEPHBI sunn ¢ norepert Gpyukuun CLV 1-nogodHoro
penenitopa, ydactByiomero B AON, HaOmogaeTcsi MOBBI-
HIEHHBII ypOBeHb dkcnpeccuu MtWOX5, u 30Ha dKcIipeccuu
9TOro reHa 3HauuTeNbHO paciupena (Ocumnosa u ap., 2011;
Osipovaetal., 2012). 'er WOX5 B MepucTeme KiTyOeHBKa, TaK
ke, kak 1 B KAM, aktuBupyercs aykcuHoM. [lo-Buaumomy,
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HaKOILJICHUE ayKCHHA B KIIyOGHBKE TaK)Ke KOHTPOJIUPYETCS
MexanmsmMamu AON: Tak, y MyTanTa harl ¢ HapylieHHEM
B rere CLV I-niono6Horo penenTopa, BosiaeueHHOTo B AON,
paciupeHa 30Ha C MOBBIIICHHBIM COJEP)KaHHEM ayKCHHA
B KOPTHUKAJBHBIX KiIeTkax (Suzaki et al., 2012).

Jlpyro#l BaXXHBIH pEerynaTop pa3BUTHS MEPUCTEMBI KITy-
OeHbKa, HOMHMO B3aUMOJICHCTBYIOIIEH C ayKCHHOM CHCTEMBI
WOX-CLAVATA, nexameit B ocHoBe AON, — IUTOKUHUHBI
n B3anmoyeiicteytomue ¢ HunMu T KNOX. TTorepst dyHk-
LMY TUTOKMHUHOBBIX PELIENTOPOB Y MYTAHTOB L. japonicus
u M. truncatula TpUBOIUT K TIONABICHUIO KITyOSHBKOOOpa30-
BaHMsA. B TO e Bpems npu pa3BUTHH KITyOCHBKOB y Pa3HBIX
BU10B O00OBBIX BBISIBIIEHA aKTHBALMSI TPAHCKPHUIILIMU T€HOB,
KOAMPYIOIIUX KOMIIOHEHTHI NE€PeAadn CUTHajla IIUTOKUHU-
HOB — peryisropos otBeta (RR) A u B tunos (Gonzalez-Rizzo
et al., 2006; Plet et al., 2011; Azarakhsh et al., 2015). beuia
ycranoBneHa poib OenkoB MtRR1 (RR B-tuma) m MtRR4
(RR A-Tnna) B KauecTBE MO3UTHBHOTO U HETaTHBHOTO PETy-
JSITOPOB KITyOeHbKoOOpa3oBanusi, coorBercTBeHHO (Op den
Camp et al., 2011; Ariel et al., 2012), npuaem T® MtRR1
HEMNOCPEJCTBEHHO KOHTPOJINPYET IKCIpEccHIo reHa MtRR4,
00pa3ys HeraTUBHYI0 00paTHYIO CBsI3b B 3TOM cucteme (Ariel
et al., 2012). HemaBHO mOKa3aHO, 9TO B OTBET Ha MHOKYJIS-
IO PU300MSAMH B TEPHUIUKIIE KOPHS TOpOXa U JIIOLEPHEI
MMEET MECTO aKTUBALUSI SKCIIPECCUH OIPEeICHHbBIX T€HOB,
PETYIUPYIOMNX /1Ba MOCIIEJOBATEIBbHBIX Tana OMOCHHTE3a
LK, — IPTwu LOG (Azarakhsh et al., 2015). CxonHas mu-
HaMHKa SKCIpeccuu Oblia oTMedeHa Juist reHoB MIKNOX3
n PsKNOX3, XonupyIomux roMeooMeH-conepxamue T
KNOX knacca II. bonee Toro, cBepXdKCcIpeccHsl FeHOB
KNOX3 npuBoanT K 00pa30BaHHIO CHOHTAHHBIX KITyOSHBKOB
0€3 MHOKYIISIIMN PU300MAMH, YTO CBUICTEIBCTBYET O POIU
T® KNOX3 kak BaKHEHIIIEro peryssTopa pa3BUTHS KIIyOCHb-
koB. [Tockomnbky B I[IAM rensl /PT u LOG ciyxaT IpSIMbIMU
muteHssmMu T cemeiictea KNOX (Jasinski et al., 2005; Yanai
et al., 2005), Bepositho, uro T® KNOX3 MoryT ObITH BOBIIE-
YeHbl B aKTHUBALIMIO [IUTOKHHMHOBOTO OTBETA B MEPUCTEME
kiyOenpka. JlelicTBuTenbHO, cBepxIKcnpeccus MtKNOX3
MIPUBOJIUT K aKTUBAIMHU SKcnpeccun reHoB MILOG2 u MtIPT3
B «ITYCTBIX» KITyOSHbKaX, CIIOHTaHHO Pa3BHUBAIOIINXCS Ha KOP-
usx, a PHK-unTepdepennus 3Toro reHa — kK 3HaYNTEITHHOMY
CHIDKEHHIO ypOBHeH nx skcrpeccun (Azarakhsh etal., 2015).

3aknioyeHune

Wrak, B HacTOsIIIEE BPEMsI BBISIBIICHBI MEXaHN3MBI ITO/1/IepiKa-
nust CK B pasHbix THnax mepucrem. Kak serko yoenurbcs,
HanboJiee KOHCEPBAaTUBHBI U3 HUX MEXaHU3MBbI, KOTOpPBIE 3a-
Bucst ot cucteM WOX-CLAVATA. x paboTa momep>KkuBaet
OTpeJIeNIEHHOE KOJIMYECTBO KJIETOK B MEpUCTEMaX, a TaKxkKe
6ananc mporudepannn u nuddepenmuposkun CK. Ponp
cucreM WOX-CLAVATA u apyrux peryasTopoB pa3BUTHUS
B IOJIEP’KAaHUM Pa3HBIX TUIIOB MEPUCTEM Ipe/ICTaBlICHA Ha
PHCYHKE.

Panee cunranocs, uto rensl WOX 00yCIIOBIMBAIOT TAKXKE
UJEHTUYHOCTb MEpPUCTEM. JIeHCTBUTEIBHO, SKTONHUYECKAs
skcipeccust TeHa WUS B KOpHSX TPaHCTEHHBIX PacTeHUH
MIPUBOANIIA K JOPMHUPOBAHMIO HAa KOHUMKAX KOPHEH 3eJICHBIX
JIUCTONOIOOHBIX CTPYKTYP, COACPIKALIMX CIIeU(PUIHBIC IS
JMCTHEB TUIBI KIETOK (TPUXOMBI, KJIETKH YCTBHII); y psiaa
pacTeHuit mpoucxoamwio (GOpMHUPOBAHHE HA KOHUMKE KOPHS
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WOX-CLAVATA systems and other regulators of different types of meristems.

(a) In the shoot apical meristem (SAM), the expression of the WUS gene in the organizing center is downregulated by CLV3 peptide
binding to receptor protein kinases CLV1, CLV2/CRN, and RPK; KNOX transcription factors and cytokinins are needed to initiate
SAM in embryogenesis and maintain its cells proliferation in the post-embryonic development. (b) In the root apical meristem
(RAM), the expression of the WOX5 gene in the organizing center is downregulated by CLE40 peptide binding to receptor protein
kinase ACR4. The initiation of the RAM organizing center demands auxins and activity of the SCR and SHR transcription factors.
Transcription factors PLT are required to create a local maximum of auxin concentration. (c) In the procambium (and later in the
cambium), WOX4 gene expression is upregulated by peptides CLE41/42/44 binding to receptor protein kinase TDR. (d) In the
pericycle, its own WOX genes are not expressed, but under certain conditions and with induction of the expression of certain WOX
genes the pericycle can give rise to different types of meristems: (e) interfascicular cambium (which expressed WOX4); (f) lateral
roots (which are regulated by the system CLE40-ACR4-WOX5); (g) meristem of symbiotic nodules (which is regulated in alfalfa by
nodule-specific peptide CLE13; its receptor SUNN, acting in leaves; and the WOX5 gene); (h) primordia of callus, expressing WOX5,
which can give rise to (i) somatic embryos (for example, when the WUS genes are expressed) or (j) tumors (where WOX5 is also

expressed).

@, CLE peptide; * CLE peptide receptor;
regulators.

3€JICHOTO KaJulyca, coiepiaiiero auddepeHupyomuecs

sm6pronasl (Gallois et al., 2004). Ho B To ke BpeMs «B3au-

Mo3aMeHsaeMocTby WOX5 u WUS, npoaeMOHCTpUPOBAH-

Has B onbiTax A.K. Sarkar ¢ xomteramu (2007), a Takxke

aKTUBHOCTH WOX5 B pa3HOOOpa3HBIX THUIAX MEPHUCTEM

«xopHeBoro» npoucxoxaeHus (KAM, kamryc, omyxomnu,

KJIyOeHbKH) HE MOATBEPKIAIOT ATy TOYKY 3peHHs. MOXKHO

BBICKA3aTh CIEKYJISATHBHOE MPEANOI0KEHHE O TOM, UTO

reasl WOX onpenensior UASHTHIHOCTh HE KaKIO0ro THIa

MepucTeM, a 1ellod ux rpynmsl. Harnpumep, Ha Tpu 060iib-

MINX TPYIIBI MOKHO Pa3l€iNTh BCE BBILICTICPEUHCICHHbIE

MEpHCTEMBI:

Anukanpueie MepucteMmbl ([IAM, KAM) u noxoxue Ha
HUX (KITyOCHBKOBBIE MEPHUCTEMBI, OITyXOJIH, IIPUMOPANU
Kajuryca). XapakTtepHasi oco0eHHOCTh AM U OIM3KHX
K HUM MEPUCTEM — HaJIn4Ke JIN0O0 YETKO OPraHn30BaHHbIX
OLl, mn60 X0Ts OBI JOKATH30BaHHBIX KOMITAKTHBIX TPYTIIT
CTBOJIOBBIX KJICTOK. Perynupyrorcst OHM OJTM3KUMHU TeHaMU

, WOX TF; WOX5, Components of the WOX-CLAVATA system; KNOX, Other

WUS u WOXS5, xoTopbI€ B 3BOJIOLNH PA3ACTIINCH CPAaBHH-
TenpHO HenmaBHO (Nardmann et al., 2009). Hammaue OL] v
CXOJTHBIX C HUIMH CTPYKTYP, B KOTOPBIX SKCIIPECCUPYIOTCS
WUS/WOXS5, obecieunBacT AM MONTyI0 KU3HB, HO, KaK
ToNbKO 3Kcmupeccus WUS/WOXS mpexpaimaercs, Bech
3anac CK takoit AM anddepenupyercs: B CrieuaIn3m-
POBaHHBIE KJIETKH, 1 OHA MPEKpalaeT CyleCTBOBAHHE.

JlarepanpHBIe MepHCTEMBI (IIpokamMOuii, kamOuif). x ocoben-
HOCTh — orcyTcTBre OLl mim 4ero-to Ha HUX ITOXOXKETro.
[Tyn CK B JIM nipescraBisieT coO0H O4eHb MPOTSIKEHHYIO
Y OJHOPOIHYIO TPYMy (CII0ii); ToNTOBpeMeHHasl KU3Hb
TaKUX MEPUCTEM OMPEIEISETCS HE COXPAHCHNUEM «SIapa»
(OII), xax B AM, a IpyruM NPUHLUIIOM PEryJsIUU: CH-
ctema CLAVATA, paboraromas B JIM, He orpaHn4mBa-
€T, a MOAJIeP)KNBAET CTBOJIOBBIE KieTKH. Perymsarop JIM,
WOX4, otnuuaercs ot apyrux WOX Toii ke BeTBU U He
MOYKET KOMITJIEMEHTHPOBATh moTepto ux ¢pynkuuu (Dolz-
blasz et al., 2016).
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CTBOMIOBbIE KNETKN pacTeHWUIA:
e[UHCTBO 1 MHOroobpasue

«HeomnpeneneHHbie» UM BPEMEHHBIE MEPUCTEMBI — Te€,
B KOTOPBIX OTCYTCTBYET 3Kcmpeccust TeHoB WOX. Otu
MEpPHUCTEMBI )KHUBYT Henonro (HeauddepeHInpoBaHHbINA
KOMIIAKTHBIHM KaJuTyC, paHEeBOW KaJIyC, MEPULIMKIT), 3aTeM
OHM 100 THOHYT, 1160 TpaTAT cBoi 3amac CK, mbo B HUX
HauuHaeTcs 3kcnpeccus WOX, n OHH NpeBpaIlaloTCs B
KaKOW-JIOO 13 TUIIOB «JIOJITOXKUBYIUX» MEpUCTEM. SpKuit
NpUMep — EPULIMKII, KOTOPbII MOXKET AaBaTh Havano [IAM
pereHepupyonux moderos (Mpu MHAYKIMN SKCIPECCHN
WwUS); KAM npumopaueB bBK, mepucrembl ki1yOeHBKOB,
orryxoJtH (TipH akTuBaIi WOXY5), MEeXKITyIKOBOMY KaMOHIO
(171 9TOTO HAMO HAYATh SKCIpeccupoBats WOX4).
Pa3Hble BApraHTHI pa3BUTHSA MEPUCTEM B ITPEAEIaX IPYTIIbI

MOTYT OIpeaensaThest Apyrumu Td, putoropMmonamu, Apyru-

MU PETYISTOPAaMH, KOTOPBIE OUCHb PA3IMYalOTCsl B PA3HBIX

mepuctemax. Hanpumep, IIAM perynupyercss TUTOKMHUHA-

mu 1 KNOX, a KAM — aykcunamu, PLT u SCR/SHR, xots
npuHiun ycrpoiictsa cucreM WOX-CLAVATA y Hux noutu

OJIMHAKOB.
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