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CTBONOBbBIE KNETKM — HeauddepeHUPOBaHHbIE KNETK MHOFOK/1eTOY-
HbIX OPraHN3MOB, CMOCOOHbIE AENUTLCA, CAMOOOHOBNATLCA U ANd-
depeHunpoBaTbca. HecMoTpA Ha CyLyecTByoLMe Pa3NNYnA CBOWCTB,
Y BCEX MHOTFOKJ/IETOUYHbIX OPraHW3MOB MOXHO BbIAENUTb 06LMe NPUH-
LMMbl CYLLeCTBOBaHMA CTBOIOBbIX KNETOK. Y pacTeHUI CTBONOBbIe
KNeTKN Haxof4ATCsA B MeprcTeMax — CTPYKTYpax, obecneyrBaroLmx
HenpepbIBHbIN POCT pacTeHVA 1 NPeAoCTaBAILNX MaTepuan

InA 06pa3oBaHNA Pa3fNYHbIX CNELMaNN3NPOBaHHbIX TKAHEN.
BbigenatoT pasHoobpasHble TMMbl MeprcTeM: anuKasbHble — nobera

1 KOPHS, naTepanbHble (MPoKamouiA, KamOuiA, MEPULMK), a TaKxKe

TaK Ha3blBaeMble HeperynapHble, pa3BuBaloLMeca Npu onpeneneH-
HbIX YCNOBUSAX (Kannyc, MepUCTEMbI CUMOMOTUYECKIX KIyOEHBKOB,
CMOHTaHHbIe 1 NaTOreH-NHAYLMPOBaHHbIE OMYXONU U T. A.). Ana Kax-
L0V N3 MePUCTEM BbIABIIEHDI CNEeLMPUYECKE MEXaHN3MbI Peryns-
Luu, ANA KOTOPbIX XapaKTepHO B3auMoaeicTeme GUToropmMoHOB

1 OCHOBHbIX Py TPAHCKPUMNUUOHHBIX GaKTOpOB. AKTUBHOCTb
MepucTem obycroBneHa ByMA NPOTVBOMOMOXHbIX MpoLeccamu:
nponudepaumen 1 CaMOOOGHOBIEHNEM CTBOJTOBbIX KIETOK B LIeH-
TpanbHOW YacT! MeprcTeMbl U AnddepeHLMPOBKON CreLnann3npo-
BaHHbIX KneTok Ha nepudepun. Cuctembl WOX-CLAVATA — KoHcepBa-
TUBHbBIN ANA Pa3HbIX MEPUCTEM PEryNATOPHBIN KOMMOHEHT, KOTOPbIN
obecneyrBaeT pasmep 1 NOCTOSHCTBO COCTaBa MEPUCTEMDI, @ TaKKe
6anaHc nponudepaunn n guddpepeHLUNpPoBKIM CTBONOBBIX KNETOK.

B 0630pe paccMOTpeHbI CXOACTBO M pasnuymne NprHLUMMNOB OpraHn3a-
LMW HULL CTBOMOBBIX KNIETOK Y PaCTEHUI 1 KMUBOTHbIX, @ TakKe B pas-
HOOOPA3HbIX MepPUCTEMAX BbICLIVX PACTEHUIA; 0CO60e BHUMaHNe
yaeneHo ponu cnctem WOX-CLAVATA B nogaepaHnv Mepuctem 1 nx
B3aMMOLENCTBUIO C APYIMMU MEPUCTEMHBIMU PEryATOpamu.

KntoueBble cnosa: ctBonoBble Knetku; mepuctembl; WOX; CLE-nenTuabl;
LRR-KMHa3bl; anukanbHble MepucTeMbl; KaMOWIA; MEPULMKA; Kannyc;
OnNyxosu; Kny6eHbKU.
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Plant stem cells:
unity and diversity

LE. Dodueva®), V.E. Tvorogova, M. Azarakhsh,
M.A. Lebedeva, L.A. Lutova

Saint Petersburg State University, Department of Genetics
and Biotechnology, Saint Petersburg, Russia

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) — HemuddepeHunpoBaHHbIe

KJIETKH MHOTOKJIETOUHBIX OPTaHU3MOB, CIIOCOOHBIE

JICIINTHCSI TIOCPEICTBOM MHTO3a, CaMOOOHOBIISITHCS,
o0pasys nossle CK, u nuddepenunponarscs B crenu-
aIN3UpPOBAHHbIE KIETKU. TePMHUH «CTBOJIOBBIE KIETKI» OBII
npeanoxer B 1909 r. ructonorom A. MakCMOBBIM, BIIEPBBIE
OIUCABIIMM I'€MOITOITHYECKHE CTBOJIOBBIE KiIeTKH. [TomuMo
crocobHocTH K camooOHoBeHu0, CK 00magaroT cBOiCTBOM
MOTEHTHOCTH, T. €. CIIOCOOHOCTBIO J1aBaTh IIOTOMCTBO B BH/JIE
OIPE/ICJIEHHOTO0 KOJIMYECTBA THUIIOB CIEHHATU3UPOBAHHBIX
kneTok. B coorBercTBuM ¢ 3TuM CK XKMBOTHBIX AENATCS
Ha TOTHIIOTEHTHHBIC (OMHHUIIOTEHTHBIE), criocoOHbIe Tudde-
PEHIIMPOBATHCS B KIETKH AMOPHOHAIBHBIX TKaHEH; IUII0-
PHUIIOTEHTHBIE — IOTOMKH TOTHIIOTEHTHBIX, KOTOPBIE MOTYT
JlaBaTh HauyaJIo MPaKTHIECKU BCEM TKAHSIM, 33 HCKIIIOUCHHEM
SMOPUOHAIIBHBIX; OJIMTOTIOTEHTHBIE, KOTOpbIe MOTYT Tudde-
PEHIIPOBATHLCS JINIIb B HEKOTOPBIE OMM3KHE TI0 CBOHCTBAM
THIIBI KJIETOK; U YHUIIOTCHTHBIC, HIIH KJICTKU-TTPEAIICCTBCH-
HHILIBI, JTAI0IIME HAuaJIo OTHOMY OIPE/IeIICHHOMY THITY KJIETOK.
YV JKMBOTHBIX TOTUIOTEHTHBI KJIETKH, BOSHUKAIOIIHE TTOCIIE
MIEPBBIX JICJIICHUN POOJICHUS, KICTKH OJIACTOLMCTHI Y)Ke He
PaBHOILICHHBI U IUIIOpUIIOTEHTHBI. KitoueBoe omnyne CK
pactenuii ot CK >XHBOTHBIX — TOTHIIOTEHTHOCTh BCEX 0e3
uckmouenusi CK pacrenuii. bonee Toro, TOTUNOTEHTHBI
Y pacTeHHii NPaKTUIECKH BCe )KUBbIE (D dhepeHInpoBaHHbIE
KJIETKH, KOTOpBIE MOTYT 00peTats cBoiicTBa CK B mpomecce
nenuddepeHINpPOBKH — 3TO CBOWCTBO JISKUT B OCHOBE BBICO-
KO CITIOCOOHOCTH PACTCHUH K pereHepalii, COMaTHUCCKOMY
smbpuorenesy (C3) 1 BereTaTHBHOMY Pa3MHOKEHHIO.

HecMotTpst Ha MMeronrecs: pa3juyusi CBOIMCTB, y BCEX
MHOTOKJIETOYHBIX OPraHM3MOB MOXHO BBIZECIIUTH 00LIUE
MIPUHIUIIBI CYIIECTBOBAHUS CTBOJIOBBIX KIIETOK:

1. BrIcOKasi HIOTEHTHOCTh M OTCYTCTBHE MapKepoB JH (-
(hepeHUPOBKH.

2. bonpmrasi mpogOIKUTENBHOCTD KIETOYHOTO ITHKJIA.
CTBOJIOBBIE KIIETKH JICNISITCS OY€Hb ME/IIICHHO, [UTUTEIEHOCTD
KJIETOYHOT'O 1IMKJIa Y HUX TIOPOH B JIECATKU Pa3 MPEBbILIAET
TaKOBYIO B OKPY)KalOIMX KieTkax. IIpm HOpManbHBIX yc-
noBusix CK )KMBOTHBIX U pacTeHUIl HAXOIATCS B OCHOBHOM
Ha ctaguu GO. Tak, remonoatuueckue CK B HOpManbHBIX
YCIIOBHSIX JIENATCS BCETo JIMMIb Kakaple 145 mueit (Trumpp
et al., 2010), ATUTETHHOCTH KICTOYHOTO [IUKJIA Y KJIETOK IT0-
KOSILIIErOCsl LIEHTpa KOPHEBOiT MeprcTeMsbl B 6—10 pa3 Oonblie,
4eM y okpyxarormx kietok (Msanos, 2007).

3. CriocoOHOCTh K CaMONOIEPKAHUIO K ACHMMETPUYHBIM
JIeJIEHUSIM, TIPU KOTOpBIX mpoayiupyetcs onHa CK u ogna
KJIETKa, BCTYMAIOMIAsl HA ITyTh aKTHBHOTO JICNICHUS U 3aTEM
npucTymnaromas K auhpepeHnpoBKe.

4. CymecTBOBaHHE B CIEIMAJIbHBIX KOMIIApTMEHTaX,
MOCTABIISIIOIINX CUTHANBI Juts noagepskanus CK, — Hummax
CTBOJIOBBIX KJIETOK. TEpPMHMH «HHIIA CTBOJIOBBIX KJICTOK)
BriepBbIe npetoxu s remonoatuueckux CK R. Schofield
B 1978 . Huma CK onpenenena uM Kak «OrpaHUIeHHOE CIie-
[IUATTM3UPOBAHHOE MUKPOOKPYKEHHUE, KOTOPOE HHTETPUPYET
U OCYLIECTBIISIET MEKKJIETOUHbIE CHTHAJBI ISl PEryJIsiLuu
U TIOJI/IEP KaHMsl TOMEOCTa3a MPUHAUICKAIINX €1 CTBOJIOBBIX
KIIETOK».

Ocuosuble Gpynkunu Humu CK crnenyronime:

* IIpenotBpamenne muddepennnporkn CK mytem mpemoxpa-
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M3 COCEIHUX TKaHEeW. Y KUBOTHBIX HUILY JJIs OmIpeje-
nenHoro tuna CK MoXeT cocTaBIsATh ONPEAEIEHHbIN THIT
1 hepeHITMPOBaHHBIX KIETOK, HAITPUMED, HHIITY TeMOIIO-
stndeckux CK cocTaBnsioT 0CTe00IacThbl, OCTEOKIACTHI,
ME€3eHXUMalbHbIC MPEIIECTBEHHUKH, PETHKYISIPHBIC
kietkd (Trumpp et al., 2010). V xuBorHbeix HHma CK

MOXKET OCTaBaThCsl CBOOOIHOI U B JalIbHEHILIEM €€ MOTYT

3aHSTh HOBBIE KJICTKH; ITyCThIE HHAIIN MOTYT CYIL[ECTBOBATh

HezaBucumo ot CK n nipu pancimanrannu B Hux CK ode-

CIIEUMBATh UX HOPMaJIbHOE (DyHKIIMOHUPOBAHUE.

* Ob6ecreuenne camonoaaepxanns CK u umTensHOro mpe-
ObIBaHMS B COCTOSTHUM TIOKOSI. DTa 3a/1a4a HUIIH CBsI3aHa HEe
TOJIBKO C TojiepkanueM «3amacay CK, Ho u ¢ HeoOxonumo-
cThIO orpanmdeHus nponudeparun CK 10 MUHIMaTBHOTO
YPOBHSI, HOPMaJIbHO TO/IEP’KUBAIOIIETO TKAHEBOH rome-
octas. [[na camonoanepxanns CK q0mKHBI OTy4arh OT
CBOETO MUKPOOKPY>KEHHS (HHUIIIN) OTIPEACIICHHBIE CUTHAIIBL.

» CoszaaHue yciaoBuH sl MakcuManbHOM 3amuiieHHoctd CK
OT HEOJIaroNPHUATHBIX BO3EUCTBUI. OTUACTH 3TH YCIOBUS
00ecreunBatOTCs U30JIUPYIOINMH CBOWCTBAMH HUIIH, OT-
yacTH — cBoiicTBamu camux CK: Tak, B HOKOSIIMXCS TeMO-
nostudecknx CK BbICOKast yCTOHUMBOCTD K TOBPEKACHHSIM
JHK nocrturaercst cuiapHON HHIYKIHEH 6ekoB pS3 u p21
(Mohrin et al., 2010).

Just pynxumonnposanust Hum CK HeoOX0a1MO MHOKECTBO
B3aMOCBS3aHHBIX MEXaHU3MOB: MEKKJICTOUHBIE B3aNMO/IeH-
ctBust CK apyr ¢ apyrom u coceranmu auddepeHmpoBaHHbI-
MM KJIETKaMH, (PU3NKO-XUMHYECKOE COCTOSTHUE OKPYKAIOIIEH
cpenbl 1 T. 1. BakHy10 poib UrparoT TakkKe TPAaHCKPUIIIINOH-
uble (haxropsl (TD), perymupyroniue sxcripeccuto reHos B CK:
TaK, QyHKIHOHAIBHOCTB reMornoatuyeckux CK miuexonura-
forx obecneunBarot 6osee 50 TD, 00pa3yromux CIOKHYIO
perynsitopHyto ceth (Kosan, Godman, 2016).

Knerka, nokunysuias Hunry CK, Bcrynaer Ha nyTs audde-
pernupoBku. Kpome Toro, CK He coBCeM 0THOPOTHBI BHYTPU
caMoii HUIIM. Y J)KUBOTHBIX B pe3ynbrare nenenus CK pator
HaYyaJI1o I0YePHUM KJIETKaM C KOPOTKUM KJICTOUHBIM ITUKIIOM,
KOTOpPBIE TIEPBOE BpeMs MPEOBIBAIOT B TIPEIeIax HUIIHN. DTH
JIOUYEPHUE KJICTKH B PE3YIIbTaTe HECKOIBKHX ITOCIICI0BATEb-
HBIX JIEICHUH CO3AA0T MOIMYJSAINIO TPAH3UTOPHBIX KJIETOK,
KOTOpBIE 3aTe€M TpeBpamarTcs B AudQepeHnnpoBaHHbIC
KJIETKH, BBIITOJTHSIONIHE CTICHU(PUIECKHE (QyHKIMN B OPTaHN3-
me. OOpazoBanue OOJIBILIOTO Kon4uecTBa TuddepeHIpoBaH-
HBIX KJIETOK 00€CIEeYNBaCTCS MIMEHHO 32 CUET PA3MHOKCHUS
TPAH3UTOPHBIX KJIETOK MpH ManoMm uucie aeneHuit CK.
Bwmecre ¢ Tem mexxay CK u TpaH3UTOPHBIMU KJIETKAMH HET
YETKOW I'paHULbl, a CKOPEE UMEETCSI MOCTENEHHBIN NEPEXOL;
TPAaH3UTOPHBIC KIETKH HEKOTOPOE BPEMSI MOTYT COXPAHSTh
cBoiictBa CK u mpu omnpeneseHHbIX YCIOBHIX, HAIPUMED,
rubenn CK, MOTYT 3aMeCTHTh UX (TaK Ha3bIBAEMBIE ITOTECH-
mmanbaeie CK») (Wilson et al., 2008).

VY pacrenuii kioueBoe 3HadueHue Ut nojpaepkanus CK
TaKXe MMEIOT MEXKJIETOUHBIC B3aUMOJEHCTBUS, TOPMOHBI
u TO. ITpu sTom Humm CK pacTeHuii BO MHOTOM OTIHYAIOTCS
OT TAKOBBIX Y JKUBOTHBIX: OHU HE H30JHPYIOTCS OT OKpYXKaro-
mux auddepeHnnpoBaHHbIX TKAHEH U HE MOTYT CYIIECTBO-
Barh MycThIMU. bosee Toro, ecnu Ob1 CK ObIIM M3HAYATIBHO
0OHapyKeHbI Ha PACTEHHSX — BPSA JIM IEPBOOTKPHIBATEIISIM
MpHIIea B ToNOBY TepMuH «HHUmay. [Tymsr CK pacrennit
HaXOJSITCSl B OKPYXCHHH HMCKIIOYUTEIHHO CBOUX ITOTOM-
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KOB — U pepeHIIMPOBAHHBIX KIIETOK, KOTOPBIE TOCTABIISIOT
CUTHAJIBI, perynupytomue pazmep myna CK u crumynupyto-
mue audppepeHnpoBky, camu ke CK mocTapisioT curHai,
peAoTBpaliaonui 1udhepeHIMPoBKY KIeTOK. biaromaps
HaJIMYHUIO TPAJINCHTOB KOHIIEHTPAIUHU 3THX CUTHAIOB UMEET
mecto camonoiepxkanue CK B nenTpe numm n tuddepen-
LMPOBKA MX [TOTOMKOB Ha nepudepuu.

5. Hanmmame mpon3Boanmbix camumu CK BHYTPHKITETOUHBIX
CHUTHAJIOB, KOTOPBIE BaYKHBI JUIS TIOJIEPKaHUS HEOTpaHUIEH-
HOH nponudepanuy 1 rnopasieHus 1udepeHInpOBKH CTBO-
JIOBBIX KJIIETOK. Tak, Ul MOAAEpKaHUs TUTFOPUIIOTEHTHOCTH
smOpronansHbIX CK HEoOx0mMMa sKCpeccnst reHa, KoTupy-
rowero Td Nanog, 171 NoAAepKaHUSA OJUTOIIOTEHTHBIX T€MO-
nodtndeckux CK — T® Scl/Tall, Gfil u Gfilb, Gata2 (Kosan,
Godman, 2016). Y pacteHuil nomuepkaHue «CTBOIOBOTO
cTaryca» KJIETOK JOCTHIaeTCsl SKCIPECCUeil OnpeielIeHHbIX
renoB cemeiicteBa WOX (WUSCHEL-related Homeobox),
MPOJYKTaMU KOTOPBIX SIBIISIFOTCSI TOMEOIOMEH-CO/ICpKAHUE
T® (van der Graaf et al., 2009), peub 0 HUX MOWIET HUKE.

CTBOJIOBBIE KJIETKH PACTEHHH JOKATU3YIOTCS B MEPUCTE-
Max — CTPYKTypax, cogepkaunmx numu CK, Ha nepudepun
KOTOPBIX UMeeT MecTo AupdepeHInpoBKa ClIeIHaTN3UPO-
BaHHBIX TUIIOB KJIETOK. B oTimume OT KMBOTHBIX, TOTUIO-
terTHble CK B MepucTemMax CcymecTByOT JIIUTEIBHOE BpEMs,
MOJJIEPXKUBAsi OPraHOTeHEe3 B TEUYCHHE BCEro >KU3HEHHOTO
nukira. Hanbonpimee 3HaYeHWE TSI Pa3BUTUSA PacTECHUN
MMEIOT TIEPBUYHBIE MEPUCTEMBI, KOTOPBIEC 3aKJIa/IbIBAIOTCS
B X07Ie SMOPHOHAIILHOTO Pa3BUTHSI — allMKaJIbHBIE MEpUCTe-
™Mbl (AM) no6Gera (ITAM) u xopus (KAM) u matepanbHbIe
mepuctemsl (JIM) — npokam6uii n nepunuki. Kpome toro,
B T€UYEHHE IOCTIMOPHOHAIBHOTO MEPUOAA Y PACTEHHH MO-
TYT BO3HHKATh BTOPUYHBIE MEPUCTEMBI KaK M3 IEPBUYHBIX
MepHcTeM, Harpumep 3aknaaka KAM OGOKoBBIX KOpHEH H3
KJIETOK NEPHULIMKIIA, KaMOuUs U3 IPOKaMOusl, TaK U U3 CIelH-
aJN3UPOBAHHBIX TKAHEH B pe3yibrare nenudPpepeHIIpOBKY,
HarpuMep, pa3BUTHE MPUIATOYHBIX KOpHEH 13 tuddepeHnn-
POBaHHBIX KJIETOK FMITOKOTHIJISI, JINCTA U T. 1. K BTOpUYHBIM
MeprucTeMaM OTHOCSIT AM BTOPHYHBIX TOOETOB, OOKOBBIX
W NIPHUIATOYHBIX KOpHEH, JIM kamOuii u ¢esutoreH, MHTEpKa-
JSIPHBIE MEPUCTEMBI MEXKI0Y3JTHI, & TAK)KE JIOTIOTHUTEIbHBIE
MEPHUCTEMBI, BO3HUKAIOUINE MIPHU OTPEIEIECHHBIX YCIOBHS:
paHEeBBIC MEPUCTEMBI, MEPHCTEMBI KITyOCHBKOB Y O00O0BBIX,
MEpHUCTEMOIIOI00HBIE CTPYKTYPbI, Pa3BUBAIOIUECS [TPU B3a-
MUMOJICHCTBIM C HEKOTOPBIMH TTATOT€HAMH, U T. II.

B ocHOBe aKTHBHOCTH MEPHCTEM JIeXKaT Ba MPOTHBOIIO-
JIOXKHBIX Tpoliecca — camooOHoBieHne CK B 1ieHTpanbHON
4acTH MepUCTEeMBI 1 auddepeHnnpoBka creuaIn3upoBaH-
HBIX KJIETOK Ha nepudepun. MHTEpecHo, 4TO B MepucTeme
konmuuectBo CK ocTaeTcsi, kak mpaBuiio, HEU3MEHHBIM, YTO
CBHUJIETEIBCTBYET O CYIIECTBOBAHMM MEXaHMW3MOB, obecrie-
YHMBAIOIINX OasaHC uX nposmdepanun 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, IIPEJIOTBpAIlAoInX AupPepeHIupoB-
Ky CK, ciry’kaT He CTOIBKO OKpy’Karomne ux IugepeHIu-
POBaHHBIE TKaHHU, CKOJIBKO HeM(PPEepEHIIMPOBAHHBIE KICTKH
camoii mepuctemsl. K yncity BHeNIHUX (haKTOPOB, peryaupy-
IOIMINX TIOJ/IEPKAHUE MEPUCTEM, OTHOCSTCSA (PUTOTOPMOHBI:
aykcuHsl, nTokuHUHB (LK), rub0epemnnHbl, onpeiesieHHbIe
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npencrasutenu rpynnsl CLE-nentunos. IIpu sToM onHu
ropMmoHbI nofiepkuBaroT CK B Mepucremax, a Apyrue mo-
TMaBIsIOT UX aktuBHOCTH (Galinha et al., 2009). Bonee Toro,
OJIMH U TOT K€ TOPMOH MOYKET OKa3bIBATh IPOTUBOIIOJIOKHOE
JIeicTBHE Ha Pa3HbIE MEPUCTEMBI, HAIIPUMEP, TPOTHUBOIO-
JIO)KHOE eHCTBHE ayKCHHOB M IUTOKMHUHOB HA alIMKAJIbHBIC
MepHUCTEMBI [T00era U KOpHSI.

Criermudrraeckoit ocodeHHOCTRI0O AM sIBIsIeTCS HAIN4He
B LEHTPAJILHON 30HE MEPUCTEMBI TaK Ha3bIBAEMOI'O Opra-
Huzytomero neurpa (OLl), KOTOPBIH CIyKHUT UCTOUHHUKOM
CUTHaJIA, NOAABIAONMET0 AU(GQPEPEeHIINPOBKY CTBOIOBBIX
kieTok. JlatepanbHble MepucTeMBbl (pokamOuii, kamOuii,
MIEPUIIKIT), TO-BUANMOMY, JTUIIEHBI YETKO JIOKAIN30BaHHBIX
OL; cymectBoBanue OL B Apyrux MeprcTeMax 0CTaeTcs BO-
MPOCOM JJUCKYCCHOHHBIM. 10 Mepe neneHus 1ouepHue KICTKH
ynassitorcst ot OLl, oka3bIBasiCh BHE 30HBI IEHCTBHSI CUTHAJIOB,
UM TIPOyLUPYEMBIX, W MPETeprneBaroT Iu(HepeHInpoBKY.
[oreps dynkum OLL, Hanpumep, B pe3ysbraTe MyTalUi 110
KJTIOUEBBIM Te€HaM-PEryJsiTopaM ero akTUBHOCTH, IPHUBOAUT
K yTpare CIIOCOOHOCTH MEPHCTEMBI K CaMOIIOJIEPKAHUIO,
muddepenmuposke Bcex CK u ObICTpOMY HpeKpalieHuIo
AKTUBHOCTH MEPHUCTEMBI.

Opraam3yromuii EHTp MPeACTaBIsIeT cO00H MaeHBKYIO
TPYIITY MEUICHHO JEISIIUXCS KIETOK, MaKCUMAJIbHO TIPH-
6mkaromuxcs o csoiictBam k CK xuBOTHBIX. B uncie atux
cBoiicTB pacnionokerne Ol (coxpaHeHrne UX B HEM3MEHHOU
MO3UIIMM BCE BPEMs CYIIECTBOBAHMS ), MEIUICHHOE JICJICHNUE,
OTCYTCTBHE TPU3HAKOB AU(PPEepeHIUPOBKH (HAKOIIJICHHS
BTOPUYHBIX METa0OJIUTOB, 3KCIIPECCUN MApKEPHBIX T'€HOB
T hepeHInpPOBKH, XapaKTEPHBIX IS OKPYKAFOIUX KJICTOK
MEpPHUCTEMBI), CIIOCOOHOCTh K aCUMMETPHUYHOMY JEJICHHIO
(omHa u3 qoUepHUX KieTok ocraercs B OLL, BTopas BBIXOAUT
3a ero Mpe/esbl ¥ IPUCTYIIAET K aKTUBHOMY jeneHuo) (Va-
HOB, 2003, 2007).

B cBsi3M ¢ 3TUM BO3HHMKAET TEPMUHOIOTMUECKUI BOIPOC:
KaKHe MMEHHO KJIETKH PACTCHUH ClIe/lyeT Ha3bIBaTh CTBOJIO-
BbIMH? Kak npaBuiio, B aHIIIOA3BIYHOM JINTEpaType MpHU OIH-
CaHUU CTPYKTYypbl AM paccMaTpuBaroT Ba CAMOCTOATEIIbHBIX
nousatust: Ol u myn CK, nmpuneratomuii K Hemy, T. €. TEPMUH
«CTBOJIOBBIE KJIETKU» (stem cells) MpUMEHSIOT B OCHOBHOM
K HaXOAAIINMCSI B MEPHCTEME aKTHBHO JIENAIIAMCS TTOTOM-
kam kietok OLI. B To e Bpemst ropaszno Gosee KOppeKTHa
no3unusi, npu koropo kiuetku OLl BBIACHSIOT B 0COOYIO
kateroputo CK, coxpaHSIOMUX «CTBOJIOBOM» cTaryc B Ooiee
TMIOJTHOM, YeM Y APYTHUX KIEeTOK, Buze. ITo cyTu, ecim paccma-
TPHUBATh UX C TOUKH 3peHust cxoacTBa CK Bcex MHOTOKIETOU-
HBIX OPTraHW3MOB, TO UMEHHO kieTkn OL] cnenyer Ha3bIBaTH
CTBOJIOBBIMH B CAMOM CTPOTOM 3HA4€HUH 3TOTO TEPMHUHA,
Y BCE€ KJIETKU KOPHSI U CTEOJIs, TaK MJIM MHA4e, SIBIISIFOTCS UX
notomkamu. st kierok OLL naske ObUT IPEIOKEH TEPMUH
«anuKaJbHBIC CTBOJIOBBIC KIETKM» (apical stem cells), mpu-
cyrcrBytomue Toibko B AM (MBanos, 2003, 2007), niu «op-
raam3yromue KreTkmy (organizing cells) (Heidstra, Sabatini,
2014). B To e Bpems notomku Kietok OL], cocraBisiomue
OCHOBHYIO YaCTh MEPHCTEMBI, BEPOATHO, MOXKHO CUHTATh
AHAJIOI'OM TPAH3UTOPHBIX KJIETOK )KUBOTHBIX.

Hecwmotpst Ha upesBbrvaiinyto 3HadanMocts OLl B Mopdo-
reHe3e PacTeHHH, UX pa3Mephl OYeHb HEBETHKHU: Tak, OL]
KAM, Ha3bIBaeMBbIii TAKKE OKOALMMCS LIEHTPOM, BKJIFOYAET
B ce0s He Oosee 1 % KIeTok MepucTeMsl, KoTopble, kak 1 CK

leHeTuKa pa3BuTnA
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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 X (DYHKIIHOHAJIBHBIX 0COOEHHOCTEN, CKOIIBKO
OT MX PACIIONIOKEHHS] 1 MeKKIICTOUHBIX B3anMojieicTBHi. Tax,
npu pazpyumennd OL] KAM nnn gexanutanuy KOpHS BO3MOXK-
HO BoccraHoBineHne OL] n3 okpykaromux KIeTOK MepucTe-
MBI, YK€ TIEpPEHICIINX K aKTHBHBIM JICTICHUSIM, FIIH JaXKe U3
KJIETOK, HeZIaBHO NOKMHYBIIUX Mepuctemy (Feldman, 1976;
WBanos, 2003). bonee Toro, mpu onpeaeneHHbIX YCIOBHIX:
Julsl 00eCTICUeHNS IPOLIECCOB PEreHepaliy, COMaTHYECKOTO
smOpuorenesa (C3), BereTaTuBHOIO pa3sMHOKEHHS — y pac-
TEHUH MOTYT 3aKJaJbIBaThCs HOBBIe AM, comepskammue OLL,
HE TOJIBKO U3 CYIIECTBYIOIIMX MEPUCTEM, HO U U3 In(hepeH-
LIMPOBAHHBIX TKaHel pa3Hbix opranoB (Ikeuchi et al., 2013;
Jiang et al., 2015).

CornacHO UMEIOMNMCS JaHHBIM, MOJICP)KaHUE CBOMCTB
OL] rpynmoii KJI€TOK 0OYCJIOBICHO 3KCIIPECCHUECH orpeje-
JICHHBIX TeHOB cemeiicTBa WOX, KoTopbIie KOMUPYIOT TOMEO-
nomenconepxkamue TO. Tak, B IIAM sTu nporeccsl pery-
mupyer T® WUS (Mayer et al., 1998), 8 KAM — TO 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). Bo3uuknoBenune Ol de novo m3 mMOTOMKOB
muddepeHINpoBaHHBIX KIETOK, HanpumMep, mpu CD, Takxke
CBsI3aHO C BO30OHOBJICHHUEM JKcIpeccuu reHoB WUS u WOX5
B ONpEICICHHBIX TPYIIax KIETOK, Jaloniux Hadamo [TAM
n KAM comarnueckux smopronos (Su et al., 2015). Crneyer
OTMETUTH, uT0, ToMuMo KAM, T® WOXS perynupyer Takxe
MOAIZIEp’)KaHNE PA3HBIX TUIIOB MEPUCTEM, Pa3BUBAIOIIUXCS U3
MEPUINKIIA U SBISIONIMXCS MOAU(DUIIMPOBAaHHBIMYI BapHaH-
TaM# OOKOBOT'O KOPHSI (MEpHCTEMbI KJyOSHBKOB, HEKOTOPBIE
TUTBI 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 koHTpoOIe aKTHBHOCTH MEPUCTEM
MEPBOCTENEHHOE 3HaUeHUE nMeeT B3aumozeiicteue TO WOX
¢ cucremamu tuna CLAVATA, koTOpbIe BKJIFOYAIOT B ceOs
KOPOTKHE CUTHAJIbHBIE METITH/IbI, OTHOCSIIHECS K CEMEHCTBY
nentuHbIX putoropmonos CLE, u ux penenTopsl — KHHA3BI
cemeiictBa LRR-RLK (Leucin-Rich Repeats Receptor-Like
Kinase). CpaBHUTETFHO HETaBHO OBLIO TIOKA3aHO, YTO B pe-
rymsinun oanepxkanust CK B MeprcTeMax y4acTByeT elle
onna rpynmna T® — HAM (Hairy Meristem), oTHOCsiuecst
k cemelictBy GRAS. Tpanckpumnmmonnsie pakropsr HAM
cs3pBatoTcst ¢ TO WOX, Oynyun mx kodakropamu. Kax
u B cimyyae WOX, u1s Kax 1011 13 MEpUCTEM XapaKTepeH CBOM
y3kocrieruuaasii TO rpynmst HAM: B [TAM sto HAMI,
B3aumoneictyromuii c WUS, B KAM — HAM?2, crienuudasO
cesi3piBarouiicss ¢ WOXS, B kamoun — HAM4, B3aumoeii-
ctytormit ¢ WOX4 (Zhou et al., 2015).

Bcero y apadbunoncuca ormeueno 15 T® WOX, kotopsie
MOXXHO pa3ieinTh Ha TPU KIAAbL: JpeBHIo0, nian WOX13-
kimany (6emxkn WOX10, 13 u 14), mpencraBurenn KOTOPOH
MMEIOTCSI y BCEX PACTCHUH HaYMHask C 3€JIEHBIX BOIOPOCIIEH,
npoMexxytounyto, mian WOX9-knany (WOXS, 9, 11 u 12),
KOTOpasi B BOJIFOIIMH PACTEHUI BIIEPBBIC BO3HHKIIA Y IUIAYHOB,
n coppemennyto, i WUS-knany (T® WUS nu WOX1-7) —
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0COOEHHOCTB UCKITIOUUTENIEHO CEMEHHBIX pacTeHuil (van der
Graafetal., 2009). Han6onee n3yuens: T® WOX coBpemeH-
HOH KJIa/I1bl, IPE/ICTABUTEIH KOTOPOW UTPAIOT LEHTPAIBHYIO
poib B KOHTpoJie akTUBHOCTH MepucteM (WUS, WOX4,
WOXS5) (Mayer et al., 1998; Sarkar et al., 2007; Ji et al.,
2010), pannaux starnos smoOprorenesa (WOX2) (Breuninger
et al., 2008), pazsuruu aucra (WOXI1, 3) u opraHoB 1BeTKa
(WOX6) (Lin et al., 2013). TpauckpumiuoHHbse HaKkTOPHI
npomexkyTouHoi knaael WOX8 u WOX9 sBnsrorces pery-
JSITOpaMu TIEpBUYHOM pa3meTku 3apoabima (Breuninger et
al., 2008; Ueda et al., 2011), ¢pyHKIHS OONBITHHCTBA OEITKOB
npeBHell kiagpl WOX Heu3BecTHa, JUIsl HEKOTOPhIX U3 HUX
nokaszana QyHKuus B KoHTpose aktuBHoctu JIM (WOX14)
(Etchells et al., 2012). Tpauackpunmmonssie pakropsr WOX,
T0 KpaifHe# Mepe OTHOCSIIMECS K COBPEMEHHOH BETBH, MOTYT
BBINOJHATH PYHKIUH KaK TPAHCKPUIILIMOHHBIX aKTHBATOPOB,
Tak u perpeccopos (Leibfried et al., 2005; Yadav et al., 2011),
J1s1 aToro y T® WOX uMeroTcsi COOTBETCTBYIOIINE JOMEHBI
¢ pasubiMu pyHknusmu: WUS-00KC, KOTOPBIH CIIOCOOCH
B3aMMOJIEHCTBOBATh C KOPENpeccopaMy TPAHCKPHUIIIIUN
rpyrmsl TOPLESS (Zhang et al., 2014), EAR-nomeH, Takke
paboTaromuii Kak TPaHCKPHUITLMOHHBII perpeccop, 1 KUCIIbINA
JIOMEH, KOTOPBIHA IPEAMTOI0KATEIEHO HY)KEH JUIS aKTHBAIHH
tpanckpunuuu (Dolzblasz et al., 2016). WUS-00xkc, a Taxxe
EAR w/wiu KUCBIH TOMEH MPUCYTCTBYIOT Y BCEX MPEJ-
craButeneil coBpemerHoil Betsu T® WOX. HenaBHo Ob110
nokasano, yto ais nopaepxanus OLl ITAM nocpeacrsom
Td WUS HeoOxonum (GyHKUHOHAIBHO akTHBHBIH WUS-
Ookc, Torna kak apyrue nomensl 6exka WUS st sToro
He BaxHbl (Dolzblasz et al., 2016). MonudunupoBaHHBIN
WUS-60Kc ecThb Takke y MpecTaBUTeNei IPOMEKyTOUHOI
BeTBU T® WOX, Torma kak y OeJIKOB IpeBHEH Kbl OH OT-
CYTCTBYET; BEPOSITHO, B CBS3U C 3TUM Td mpomMexyTouHOH
W JIpeBHEH KIaJl, MOCTaBJIeHHbIE MO/ poMoTop reHa WUS,
HE MOTYT KOMITEHCHPOBATh AC(PEKTHl Pa3BUTHA Y MyTaHTa
wus. BMecTe ¢ TeM KOMIUIEMEHTHPOBAaTh MYTALUIO Wus He
MOXET TaKXe OJUH U3 OEJIKOB, OTHOCAIIMXCA K COBPEMEH-
Hoii BeTBH T® WOX, — WOX4, KOTOpBII perynmupyer pas-
ButHe kamOust (Dolzblasz et al., 2016). BosamoxHO, ¢ Takum
¢dynkponanpHeiM oTiinareM WOX4 ot apyrux TO WOX
COBpPEMEHHOH BETBH CBS3aHA «HECTAHAAPTHASD) OPTaHU3AIINS
WOX-CLAVATA -3aBHCHMOH PETyJISIIAA aKTUBHOCTH KaMOUst
(cM. 00 3TOM nasee).

TTomumo WOX reHoB, BaXHOE 3HAUYEHUE I 3aKJIagKH
n nojyiep>kanust OLl nmeroT sKecnpeccus LEeoro psijia IPyrux
«MepHUCTeM-Crenn(PUIHBIX» T€HOB, Komupyromux Td pas-
HBIX Tpyni. B manHOM 0030pe MBI pacCMOTPHM MEXaHU3MBI
3akaaku 1 nopaepxkanusi CK B pasHbIX THIAX MEPUCTEM,
yAeIMB 0c000€ BHUMaHHE BTOPUYHBIM MEPUCTEMaM, KOTO-
pBIE B HACTOSAIIEE BpEeMsI MEHEE M3yUeHBI, YeM alliKaIbHBIC
MEpHUCTEMBI ITo0era U KOPHS.

AnunkanbHble mMepucrtembl nobera v KOpPHA:
pa3Hble MepucTeMbl Ha eAMHOM pyHaMeHTe
AnuKalibHble MEpUCTEMBI Mo0era 1 KOpHSI 00eCIeunBatoT
POCT OCEBBIX OPTaHOB — ITo0eTa ¥ IFIABHOTO KOPHSA — 1 (hopMHu-
poBaHKE Ha/I3eMHOI U IToA3eMHON YacTH pactenust. [To cBo-
eit opranusanuu [TAM n KAM xapakrtepusyrorcs psaoM
CXOZIHBIX Y€pT, B OCOOEHHOCTHU IO NMPHUHIUIIAM PETYIISINH.
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 MOXHO BBIIENHTH JIBE 30HBI: IICHTPAIBHYIO,
KoTOpas BKIrodaeT B cebst OL] n HebobIIoe KoM4IecTBo Jie-
JKaIMX Haj HUM Hentr(depeHIIMpOBaHHbBIX KIIETOK TPEX CIIOEB
TYHUKH, ¥ TIepUPEepUIecKyro, KOTOpasi COCTOUT U3 OBICTPO
JISTSIIIUXCS KIIETOK, JAIONIMX HA4alo Pa3HbIM THIIAM TKaHEH.
Ha nepudepuu [TAM dopMupyrotes 3a4aTku jJaTepaibHbIX
OPTaHOB — JINCTHEB WJIH I[BETKOB, B 3aBUCUMOCTHU OT CTaJNHN
pasButus. B [TAM nauGonee sipko BupHa OoJiee BBHICOKAs
noreHTHOCTh CK pacrenuii B cpaBHeHnu ¢ CK *KMBOTHBIX:
y xuBoTHBIX CK B MOCTIMOpHOHATEHOM MTEPHOJE TAIOT Ha-
4ayio OIpe/ICIICHHOMY THITy TKaHEH, TOr1a Kak Ha nepudepnu
I[TAM CK 00pa3ytoT HOBbIE OpraHbl (JINCThSI U IIBETKH), CO-
CTOSIIIME U3 PA3HBIX THIIOB TKaHEH.

B otname ot [TAM, cynpba kiierok KAM Gonee nerepmu-
HUpOBaHA. ANUKalIbHAsi MEPUCTEMA KOPHS BKIIIOYAET B ceOst
opraHm3yomui, win noxosmuiics neatp (I1L) — ouens
HEOONBIIYIO TPYINIY MEIJICHHO IESIINXCS CTBOJOBBIX
kietok (y apabumorcuca I11] cocrout Bcero u3 yeThipex
KJIETOK) — 1 KJIETKH MPOKCUMAaIbHOW MEPUCTEMBI — HHUIIHA-
JIM, KOTOPBIE JIETISTCS ¢ OONbINeH ckopocThio. B pesynbrare
MOCJICIOBATEIbHBIX JICIICHUI KJICTOK-UHUIIHAJICH o0Opa3y-
I0TCSl JINHEHHBIE PSAAbI KJIETOK, JAIOLINE HAYal0 OCHOBHBIM
TKaHSM KOPHS: STIHAEPME, TPOBOASIINM TKAHSIM, IEPBUYHON
Kope, HJI0JIEpMe, a TaKkke komymesuie. B otinuuune ot [TAM,
WHUIMALUS JaTePalIbHBIX OPTaHOB KOPHS — OOKOBBIX KOPHEH —
y OOJNBIIMHCTBA BU/IOB PACTEHHI IPOUCXOIUT BHE alIMKaJb-
HOW MepHCTEeMBbI, B BbIlIeexaued 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 OCTAIOTCS, KaK
MIPABUJIO0, MOCTOSHHBIMU. CyIIEeCTBYIOT MEXaHU3MBI, MOJI-
JiepkuBaroIye coctaB AM B HEeM3MEHHOM Bujie. Bo-niepBhIX,
3TO MEXaHN3MBI, CBSI3aHHBIE C KOHTPOJIEM KJIETOYHOTO IUKIIA.
Tax, u3BecTHO, 4TO B AM mnoaaepkuBaeTcs OnpeieIeHHbIN
ypoBeHnb skcnpeccun reHa RETINOBLASTOMA RELATED
(RBR); 8 KAM 6enox RBR B3ammopetictyer ¢ T® SCR
(SCARECROW), otBeuarommm 3a cuenudukanuio [11]
(Cruz-Ramirez et al., 2013). Ha npumepe I11] KAM noxkazano,
uTo B pernpeccun fenenns CK Takxke yqacTByeT yOMKBUTHH-
mra3selii komruieke APC/C (anaphase-promoting complex),
KOTOPBIN PEryJIMpyeT Aerpaiannio NukinHoB (Vanstraelen et
al., 2009). [Ipyryro Tpymiry peryisTopoB pa3Mepa U CTPYK-
Typsl MepucTeM npeacTaBisor cucteMbsl CLAVATA, peus
0 KOTOPBIX IIOMZET Aajiee.

Kaxk 65110 oT™Medeno Berme, mopaepxanue Ol [TAM
n KAM omnpenensercss skcnpeccueil B UX KIETKaX IEHOB,
xoaupytonmx T® cemetictea WOX — B IIAM st0 ren WUS
(WUSCHEL), 8 KAM — ero mapanor WOX5. B cBsi3u ¢ 3TUM
npeanonaraot, uto ¢ynknus TP WUS n WOXS cszana
¢ npenotBpaiieHueM auddepeniuporku kinerok OL] u co-
cenaux CK. I'enst WUS u WOX5 akTHBHPYIOTCS B 3apOJIbI-
mre Ha cragun 16 kinerok (Haecker et al., 2004) u ¢ camoro
HayaJla UMEIOT 3epKAJIbHBIA XapaKTep 3KCIPECCHU: IKC-
npeccuss WUS — Mapkep anmMKadbHOTO JOMEHA 3apOJbIIia,
TorAa Kak sKcrpeccus WOXS — mapkep 6a3aibHOTO TIOMEHA.
B nocTamMOproHaIbHOM pPa3BUTUU PACTEHUH HKCHPECCHS
reHoB WUS u WOX5 orpanmuuBaercs B OL[ [TAM (WUS)
n KAM (WOXS5) (Haecker et al., 2004). OnbITbl 110 B3auM-
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HOMY 3aMelleHnio reHoB WUS u WOX)5, xoraa 3KCIpeccuio
rera WUS WHAYIIPOBAIN B KOPHE MyTaHTOB WoxJ U Ha000-
POT, MOKa3aJIH, YTO 3TH I'eHbl UIMCIOT WACHTHYHBIC (YHKIINU
B KoHTpoJje mynoB CK [TAM u KAM u moryT 3aMeriars apyr
Jpyra, BOCCTaHABINBAsl HOPMAJIbHBIH (DEHOTHIT y MyTaHTOB
(Sarkar et al., 2007).

Okcnpeccust WOX5 u WUS orpannyena B npenenax OIL]
6maromaps nevicteuto cucteM CLAVATA. B [TAM ¢ynKknunio
orpanuuuTenei sxcnpeccun WUS BBINOMHSIOT peLieNTOPHBIE
nporennknHasbl cemeiictBa 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), penentops
CLV1 u CLV2/CRN B I[IAM u ACR4 B KAM 3amyckator
CUTHAJIBHBIH Ty Th, IPUBOSIINN K PENPECCHH TPAHCKPUIILIUAH
reHoB WUS u WOX5 coorBeTcTBeHHO. K unCITy BBISBIEHHBIX
KOMIIOHEHTOB 3TOTO CHUTHAJBHOTO MYTH OTHOCSTCS Majas
I'T®aza ROP (Trotochaud et al., 1999), MAP-kuHa3HbIH
kackaj (Betsuyaku et al., 2011), a Taxoke nporennadocdarasbl
cemeiictea 2C POLTERGEIST (POL) u POLTERGEIST-
LIKE1 (PLL1) (Gagne, Clark, 2010). CtpykTypa u pa3mMepsl
AM Bo MHOTOM 00yCIIOBIIEHBI B3auMHOH perynsnuein TP
WOX u kommonenToB cucteM CLAVATA, a Takske 00macTsaMu
SKCIPECCHH KOAMPYOMMX uX reHoB. I'enst CLV3 B mobere
u CLE40 B KOpHE dKCIPECCUPYIOTCS HEMOCPEICTBEHHO HAJ
u o kietkamu OI1 cootBeTcTBeHH0: CLV3 —B cnosix L1-L3
nenTpansHON 30HE [IAM (Kondo et al., 2006), CLE40 —
B MHUIMaIX komymesutsl (Hobe et al., 2003). Orryna CLE-
MENTH/IBI MOTYT MEPEMELIAThCs B JIeXKaIIne OIrKe K HEHTPY
CJIOM KJIETOK, IMOJABIsAsA B HUX dKcmpeccuto WUS u WOXS.
30HBI DKCHOPECCUU T€HOB, Koxupyromux penentopsl CLV1
n ACR4, yacTHYHO MEpeKphIBasICh C 30HAMH KCIPECCUU
CLE40 w WOX (Lenhard, Laux, 2003; Stahl et al., 2009),
o0pa3yloT Oapbep Ha MyTH MEPEMEIAIONINXCS MENTH/IOB
CLV3 u CLE40: 66nbmas yacts CLE-nenTuoB cBsi3bIBacTCs
penentopamu, He goxons n0 OLI, — Takum obpa3om, coxpa-
Hsiercst ceobomnas or CLE-nenTuaoB obnacTh SKCIpeccuu
reHoB WOX. B cBoto ouepens T® WUS HenmocpeacTBeHHO
aKTUBHPYIOT dKcrpeccuro reHa CLV3, o0pa3ys HEraTHUBHYIO
00paTHyIO CBS3b B PETYISIIMN OPraHU3yIoIero nenTpa. s
storo 6emok WUS mepemeniactcst B BBINICICKAIIAE CIIOU
kieTok TyHukd (Yadav et al., 2011); mepememienus Oemka
WOXS nokazansl He OBLTH, HO, BEPOSTHO, OH TaK)KE MOXKET
3TO NMPOAETBIBATE.

[Homumo rena CLV 3, x npssmbiM MutieHssM T WUS oTHO-
cutes red, konupyrouuii penentop CLV1, — WUS nerarusHo
perynupyet ero 3kcrpeccuto (Busch et al., 2010), a Taxxe
TEHBI, YIAaCTBYIOILIME B PErYSIINH IIEPEAAUN CUTHAA [IUTO-
KMHUHOB U aykcuHOB. Tak, T® WUS nHanpsmyro noxasnser
sKcTpeccuio reHoB ARRS u ARR 7 — pempeccopoB OoTBeTa
Ha riurokunuH (Leibfried et al., 2005). Mumenn T® WOXS5
B HACTOSIIIIMI MOMEHT HEH3BECTHBI.

[ToMrMO KOHCEPBATHBHBIX MEXaHU3MOB peryasanuu AM,
ycTpoeHHBIX 1o cxogHomy npuHuny (WOX-CLAVATA +
HAM)), cymiecTByIOT TakXe peryIssTOpHbIE MEXaHU3MBI, CIIe-
UpHUYHBIC )11 KaXKI0U n3 AM, OHM OTBEYAIOT 32 3aKJIAIKy
AM u cnenn¢ukarmro nx OLL. B [TAM sto T® KNOX kiac-
ca [ (KNOX I), mpencraBuTey KOTOPBIX BaXKHBI JUTS 3aKIIaIKH
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[TAM B smOpuorenese (STM), nponudeparun kierok [TAM
(STM, KNAT 1, KNAT2, KNAT6), popMupoBaHus TUCTOBBIX
npumopaneB (KNAT1) u rpanuisl MexIy MpUMOPANSIMHI
u ITAM (KNAT6), pa3BuTiu COIBETHS U OPraHOB I[BETKa
(KNAT1, KNAT2) (Chuck et al., 1996; Long et al., 1996;
Pautot et al., 2001; Belles-Boix et al., 2006). B perymsiuuu
pa3BuTHs KAM BakHYI0 pOJIb UTPAIOT B3aUMOJICHCTBYIOIINE
Td SCR u SHR (SHORTROOT) u3 cemeiictea GRAS, He-
obxomumere mist cnenudukanmu Ol KAM u npaBuibHOTO
(hopmupoBaHus paualibHON CTPYKTYpbI KopHs (Cruz-Ramirez
et al., 2013), a raxoke T® PLT (PLETHORA) u3 cemeticTBa
AP2, co3naroiye MakcCUMyM KOHLEHTpauuu aykcuHa B KAM
(Blilou et al., 2005), 4to Takxe TpedyeTcs s creiudukamm
OL] anmmKanbHOM MEPUCTEMBI KOPHSL.

Urak, [IAM u KAM 001a1ar0T psiIoM CXOIHBIX YepT,
IJIaBHAs U3 KOTOPBIX HAJIM4YUe OpraHusytoero nesrpa. [loa-
nepxanne OLl n nx pazmep perymupyercs cuctemamMu WOX-
CLAVATA, xortopsie B [TAM u KAM rakxke opraHu30BaHbl
AQHAJIOTUYHO U 3aBUCST OT AKTUBHOCTH FeHOB-11apanoroB WUS
u WOX5 (Sarkar et al., 2007). I3BecTHO, 9TO y TOIOCEMEHHBIX
WUS n WOX5 npencrasiens! mpooprosiorom WUS/WOXS5,
koTopslit skcnpeccupyerca B IIAM nu KAM u HeoOxoaum
JUISL pa3BUTHUS KaK KOPHS, TaK M 1Mo0era, a TaKKe 3aKIaJKu
UX JIaTepajJbHBIX OPraHOB. B ombITax Mo cBEpX3KCIpeccuu
npooprosiora WUS/WOXS5 y NOKpbITOCEMEHHBIX, HAIPUMED
y rerna GgWUS/WOX5 u3 Gnetum gnemon 'y apabuoIICuca,
MOKa3aHO pa3BUTHE c[v-1I00OHOTO (heHOTHIA C yBEIHue-
HueM pasmepa I[TAM u xonmuecTBa JlaTepajbHBIX OpPraHOB
mo6era, 4To TMO3BOJISIET MPEIOI0KNTD CXOACTBO (yHKINI
WUS/WOXS5 n WUS (Nardmann et al., 2009). OxoH4aTensHO
WUS u WOXS5 pa3nenuiauch TOIbKO Y HOKPBITOCEMEHHBIX,
BEPOSITHO, B pe3ybTaTe Ayruukammy 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 KOPHSA K BBIIICIICKAIIIUM YaCTAM
pacTeHH 1 OPraHNIEeCKUX COSANHEHHI B 00paTHOM Harpas-
nenun. Kpome Toro, cCocyiicTbie MEPUCTEMBI 00ECIICUHBAIOT
dhopMupoBaHe OOJBIIOrO YKCIa MPOBOASIINX JIEMEHTOB
U MTAPEHXUMBI, YTO COCTABIISIET OCHOBY POCTA OCEBBIX OPTaHOB
pacTteHuii B ToNmuHy (BropuuHoro yromuienus) (lomyesa
u nip., 2014).

[Ipoxam6bwuii 3aKiTafpIBaeTCs B SMOPHUOTEHE3e Ha CTaIHH
cep/edKa M AaeT Hayajo MEePBUYHOM ()109MeE, a HECKOIBKO
noke — nepBuuHoi kewieme (Scheres et al., 1994). B mo-
CTOMOPHOHANBHOM Pa3BUTHUH W3 HETO 00pa3yroTcsl TKaHU
MIPOBOJAIINX My4KoB cTeOusi. KamOwmii, kak Broprunas JIM,
3aKJ1a/1bIBACTCS M3 POKAMOUSI M TIEPULIMKIIA; OH 00eCrieyrBaeT
00pa3zoBaHe BTOPUYHBIX TPOBOISIINX 3JIEMEHTOB U TAaKUM
00pa3oM UrpaeT OCHOBHYIO POJIb B MHTCHCHBHOM BTOPUYHOM
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YTOJIICHUN [IPU PA3BUTHH CTEOJICH NPEBECHBIX PACTCHUIA,
a Takxe MpH (POPMUPOBAHUN 3AITACAIOIINX KOPHEH.

LenTpanbHast 4acTh KaMOHsI COEPIKUT CITON MITM HECKOIBKO
cioeB HeauddepeHIIUPOBAHHBIX CTBOJIOBBIX KJICTOK. AHAJIN3
TPAHCKPUIIIIHOHHOTO MPO(UIST KICTOK KaMOUs y TOMOIS
MIO3BOJIMJI YCTaHOBHTH, YTO Ha Tepudepun KaMOuil conep-
JKUT MaT€PUHCKUE KJIETKU (JIOIMBI C HAPY)KHOW CTOPOHBI
U MaTepUHCKHE KJIETKN KCHJIEMbI C BHYTPEHHEH, KOTOPBIE
MPETEpPIeBaAIOT ACUMMETPUYHBIC JIEJICHUS B AaHTUKJINHAIBHOM
HaripasieHuu (Schrader et al., 2004). Ha nepudepun kamoOust
MTOTOMKH 3THX KJIETOK (D HEePEeHIIUPYIOTCS B JIBYX HaIIpaBIIe-
HUSIX: K IIEHTPY OTKJIQ/IIBACT KJICTKH BTOPHYHOMN KCHUIIEMBI,
a K iepuQepur — BTOPHYHON (PIIOIMBI.

B 3axmagke 3a4aTKOB MPOBOJSAINIEH CHCTEMBI B SMOpHOTe-
He3e PacTeHUI EeHTPAIBbHYIO POJIb UTPAET B3aUMO/ICHCTBHUE
LK u aykcunos. [Ipu stom 11K HeoOX0auMBbI JiIsl 3aKIaIKH
MpoKaMOus U (IIOAMBI, TOTAA KaK ayKCHHBI HEOOXOAMMBI
Just mupepeHInPOBKY KCHIIEMBI, a Tak)Ke, BEPOSITHO,
BIIMSIIOT Ha NMPOCTPAaHCTBEHHYIO OPTaHU3ALMI0 MTPOKaMOUsI
(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-
JIeTISIIOT IUTOKMHUHBI 1 aykeunsl (Bishopp et al., 2011a). Tor
(haxr, uTO K HanbdoJIee CePHE3HBIM ITOCIIEICTBUSIM IIPHUBOAUT HE
MOBBIIIEHNE KOHLICHTPAIINN (PUTOTOPMOHOB, @ HAPYIICHNE UX
peLennuny 1 IIepeiadn CUTHaja, CBUICTEIbCTBYET O TOM, UTO
JUIsl Pa3BUTHSI IPOBOASIIEH CUCTEMbI BaYKHO BOSHUKHOBEHHE
HE CTOJIbKO MAKCUMYMOB KOHIIEHTPAIINH TOPMOHOB, CKOJIBKO
30H YyBCTBUTEJIFHOCTH K HUM. Tak, B KOpHE MPOPOCTKA apa-
Oujoncruca IUTOKMHUHBI COCPEAOTOYEHBI BO (pi1oaMe U 1po-
KaMOWH, Yy MyTaHTOB TI0 PELENINy 1 nepenade curHana LK
COKpAIIAeTCs] KOJIMYECTBO KJIETOK MPOBOASIICH CHCTEMBI,
a ocraBiuuecst TUpQPepeHINPYOTCs MO MyTH NPOTOKCHUIIE-
Mbl. Hampumep, k Takomy 3¢ GeKTy TpUBOIUT MyTanus wol
(wooden leg), 3aTparnBaromas OIHH U3 MUTOKAHUHOBBIX
penentopoB — AHK4/ WOL (Méhonen et al., 2000). Mak-
CUMallbHas MHTEHCHBHOCTH oTBeTa Ha LK, ompenenennas
1o akTuBHOCTH pomotopa [{K-perynupyemoro rena ARRS,
B CTeJIe KOpPHS Yy NMPOPOCTKa apabuorcuca 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-
IIUKJIA, IPUJIETalomuX K npotokcuieme) u PIN7 (B mpokam-
ouu u dosme) (Bishopp et al., 2011b). [Ipeamnonaratort, 4To
Takoe pacronoxeHne PIN 6e1KxoB MOJKET HanpaBIIATh ayKCHH
B IIEHTPAJIBHBIN TSDK KCHIIEMBL. TaM ayKCHH HHAYIHPYET 3KC-
MpecCcuio Oeka-penpeccopa MUTOKUHUHOBOTO oTBeTa AHP6
(ARABIDOPSIS HISTIDINE PHOSPHOTRANSFER PRO-
TEIN 6), uckiiodast OTBET Ha [IUTOKUHUHBI M3 30HBI KCHIIC-
™Mbl (Mdhonen et al., 2006). JIpyrast rpymma peryiasTopos,
KOTOpasi ONpEeIsieT PacloIoKeHNE TKaHEH B CTele KOPHS
apabunomncuca, — T® HD-ZIPIII, orpannuunsatomue pasmep
MpoKamMOus 3a cYeT CTUMYJISIMU AU HEPSHIIUPOBKU KCHJIC-
Mel (Ilegems et al., 2010). Mx skcripeccust, B CBOIO 04epenb,
orpanndena 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
OpHUEHTAINH JIeIeHUs ero KieTok urpaet cucrema CLAVATA
u WOX rensr. [lepsriit CLE-ienTu, yqacTBYIOINI B KOH-
tpose aktuBHOCTH Kamousi, — TDIF (Tracheary element Dif-
ferentiation Inhibitory Factor) — Obl1 BbLI€NIEH U3 KYJIBTYPBI
Zinnia elegans xax (pakTop, CTHMYIHPYIOIIHNA PO eparuio
KaMOHMaIbHBIX KJICTOK M MHIHOMpYIOMHi 1uddepeHpos-
Ky cocyaucThIX 3neMeHToB. Brnocnencrsuun TDIF-nentun,
COCTOSIHUHA U3 12 aMHHOKHUCIIOT, OKa3ajacs HICHTHYEH
CLE-nentunam rpymms! B apabunoncuca CLE41 n CLE44;
CXOHO¥ (yHKIIMCH 00J1aaeT TaKkKe OMU3KHIA K HUM MEITH/T
CLE42 (Ito et al., 2006). CuaTE3upYSICH BO (hI103ME, TENTHIBI
CLE41 u CLE44 nepeMerarotcst B KaMOUIA, T/I€ CBSI3BIBAFOTCS
¢ peuentopom — CLV1-niogo6no# kunazoit TDR/PXY Ha
MOBEPXHOCTHU €T0 KIETOK M 3alyCKaroT CHUTHAJIbHBIA ITyTh,
MPUBOSIINN K aKTUBALUK MPOHdepany KIeToK KaMOus
U MO/IaBJICHUIO UX AU HEPEHIUPOBKHU 110 KCHIEMHOMY ITYTH
(Hirakawa et al., 2010).

K mpeHTndunmnpoBaHHbBIM MHUIIEHSM 3TOTO CHUTHAJIBHOTO
myTH oTHOCcHUTCs reH WOX4. OcnoBrast hynkuust TG WOX4 —
MOJAepKAHUE CTBOJOBBIX KIETOK MPOKaMOUS M KaMOus
(Hirakawa et al., 2010; Ji et al., 2010a); orncana Takxe pob
sToro T® B pa3BUTHH CIOKHBIX JIUCTheB Y Tomara (Ji et al.,
2010b) u momnepxanun BeretaruBHON [TAM puca (Ohmori
et al., 2013). Yposens skcrpeccun rena WOX4 6picTpo no-
BhIlIaeTcs B oTBET Ha 00paborky TDIF nentunamu. Takum
obpazom, nenrtuasl TDIF, orn ske CLE-nenrtunet rpymms: B, B
ormune ot CLE-nientioB rpymnmst A, MOTYT ObITh TO3UTHB-
HBIMU peryasTopamu skcnpeccut WOX renoB. [l 3Toro He-
00X0IIIMO Hammane akTUBHOTO perenitopa TDR/PXY, 1.e. ren
WOX4 cnyxut npsmoi mumensto aeiictBust CLAVATA-
noxobnoit cucrembl TDIF-TDR (Hirakawa et al., 2010).
B MHOTOYHCIIEHHBIX OIBITAX ¢ MyTaHTaMH OBIIO MOKa3aHo,
4yT0 aKTHBHOCTh T® WOX4 HeoOXxomuma Ut TOASpKAHUS
TDIF-3aBucumMoi nposiudepanuu KJIETOK KaMOus, Toraa
kak s TDIF-3aBucumoro nogasieHus auddepeHnnpoBKu
cocynoB Tpedyetcst Toabko akTuBHOCTE TDR/PXY, HO He
WOX4. Takum obpazom, ¢pyukius TO WOX4 B noaaepxa-
HHHM KaMOus cBsizaHa ¢ koHTponeM aenenns CK, a mongasnenne
nx quddepeHnrPOBKY 10 KCHIIEMHOMY ITyTH 00€CIICUHBAIOT
Jpyrue, He MIACHTH(UIIMPOBAHHBIE PETYIISTOPBI, TAKXKE Ha-
xomsmuecs mox koHTponem TDIF-TDR (Hirakawa et al.,
2010). Tpanckpunuuonustii pakrop WOX 14, oTHOCSIMNCS
K apeBHeit BeTB WOX GelKoB, MOXKET YaCTHYHO TIEPEKPbI-
BaTh (pyHKIMH WOX4 B KOHTpOJIE IEIEHUS KIETOK KaMOHS.
I'en WOX14 sxcnipeccupyercst He TOJIBKO B KJIETKaX KaMOws,
HO U B MOJIOJIBIX COCY/IaX; €r0 IKCIPECCHs yCHIIUBAETCS B OT-
BeT Ha 00padoTky nentuaamu TDIF 1 cHikaeTcs y MyTaHTOB
tdr/pxy, T.e., IO-BUTUMOMY, OH CIIY)KUT MHUIICHBIO TOH JKe
cucrembl TDIF-TDR (Etchells et al., 2013).

Hns obecriedeHNsT HOPMATHHOW OPHUEHTAIUHU JIETICHUS
KJIETOK KaMOMsl Ba)KHO CO3/IaHHE I'pa/IMeHTa KOHIIEHTPAaIuN
nentunos TDIF, B HOpMe Takoll IpaJlM€HT CO3JAEeTCs IpU
noctymieann TDIF u3 ¢mosmel. U3MeHnenne rpaameHTa
koHneHTpanuu TDIF B kamOnu, HanpuMep, MpH SKCIIPECCu
reHoB CLE4] unu CLE42 moj KOHCTUTYTHUBHBIM HJIM KCH-
JeM-crieliu(PUIHBIM TIPOMOTOPOM, MPUBOAUT K U3MEHEHUIO
OpPHEHTALNH KJIETOYHBIX JCICHUH M HAPYIICHHUIO YHOPSI0-
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YEHHOU CTPYKTYPBI CTEIIbI («IIepEMEITMBAHNIO» 30H KCHIIEMBbI,
thmoamer n kam6us) (Etchells et al., 2010). Cxonusiii 3 ekt
BBI3bIBaeT MyTanus /dr/pxy (phloem intercalated with xylem)
¢ norepeir pynkuun peuenropa TDIF nentunos (Fisher,
Turner, 2007).

I[Momumo TDIF nentumoB, B moAnepKaHuH KaMOUs U pas-
Butu# [IC MoryT ydactBoBaTh Takke Hekotopsle CLE-nemn-
Tuael Tpynnel A. JlelicTBuTensHO, 00paboTKa pacTeHUH
CLE-nentugamu rpynmnsl A WIN CBEPXIKCIPECCHS UX T€HOB
YCUJIUBAET BIMSIHUE cBepxakcnpeccuu rena CLE4] umu 3k-
3oreHHoro go6asnenus nentuaoB TDIF wa npommdepannio
KJIETOK KamOust. IHTepecHO, 4TO COBMECTHBIH CTUMYIHPY-
ot apdexr CLE41 u CLE6 Ha nponudepanuio KiIeTok
KaMOWs yCHINBACTCA NMPHU MOBBIIIEHUH KOHIEHTPALHUH
aykcuHoB (Whitford et al., 2008). C npyroii croponst, CLE-
MENTH/IbI TPYTIITBI A CAMHU MOTYT BIIUSITH Ha pa3BUTHE KaMOUsI
W TIpOBOJIAIIEH cucTeMbl. Tak, cBepxakcnpeccus rena CLE]9
Arabidopsis n Brassica crumynupyet nuddepeHunpos-
Ky KCWJIEMBI, YTO MPHUBOAUT K 00Pa30BaHHIO KCHUIIEMHBIX
«OCTPOBKOBY, HE CBSI3aHHBIX C COCY/ICTON CHCTEMOI! pacTe-
Hus, B opranax nusetka (Fiers et al., 2004).

[Momumo TDR/PXY, B KOHTpOJIe aKTUBHOCTH KaMOUs
u pazsutin [IC MOryT yd4acTBOBaTh M APYIue PErenTopbl
LRR-RLK. Tak, penentopnast kunaza ER (ERECTA), or-
HOCSIIIAsICSl K TOMY JKe ceMelcTBy OenkoB, uto TDR/PXY
u npyrue perentopsl CLE-nenTumos: MyTarys er HapyaeT
CTPYKTYPY CTEJIbl, & TAKXKE PE3KO YCHINBAET 3P (PEKT MyTanuu
tdr/pxy (Etchells et al., 2012). Iy HOpMaJIbHOTO Pa3BUTHUS
TIC taxke BaykHa aKTHBHOCTBH pelenTOpHBIX KuHa3 MOLI1
(MORE LATERAL GROWTHI) n RUL (REDUCED IN
LATERAL GROWTHI1), kotopast HaOntoaeTcsi B 30He, He
cosragaroneit ¢ oomacteio aktnsuoctn CLE41/PXY — Bo
(hyr05Me 1 IpuIIeTaroeM K Hel clloe KJIeTok kKamous (Agusti
et al., 2011). [Tpeamonaratot, uto kuHaza MOL1 BeInosiHsIET
(yskunu, nporusomnoiokusie TDR/PXY: mo kpaitHeit mepe,
skcnpeccust uMeHHo rena MOLI, o ve rena TDR B IIAM
MPUBOJIUT K BOCCTAHOBIICHUIO HOPMaJILHOTO ()EHOTHIIA Y MY-
TaHTa c/vi. MyTarus moll mogaBiIseT SKCIIPECCHIO TEHOB, 3a-
JICWCTBOBAHHBIX B OTBETE Ha STHIICH M )KACMOHOBYIO KHCIIOTY,
KOTOPBIE UT'PAIOT POJIb BO BTOPUYHOM POCTE OCEBBIX OPraHOB
(Gursanscky et al., 2016). JIuranasl ¥ MHUIICHA U KAHA3
ER, RUL u MOL B kamOuu He 0OHapyKEHBI.

Urak, B pa3Butuu kamous u [1C Taxke BaxkHa cucrema
WOX-CLAVATA, Bxitouaromast B ceds CLE-menTtumsr
rpymmsl B (TDIF), onpenenennsie CLE-nenTu s rpynist A,
peuentopubie kurazel TDR/PXY, ER u MOL u T® WOX4
n WOX14. Tounsie ¢pyHKuu B pa3Butun [1C BBISIBICHBI
HE JUISL BCEX MEPEUHCIICHHBIX KOMIIOHEHTOB: B HACTOSIIEE
BpeMsi TI0CJIEI0BATEIbHOCT ACHCTBUS OIPEAEIeHa TOJIbKO
B nerouke TDIF/CLE-B — TDR/PXY — WOX4, pois mipo-
YHX PEryJIsITOPOB B 3TOH CHCTEME M X B3aUMOJICHCTBHE €IIIe
MPEJICTOUT U3YUUTh. B kaMOuu, Kak U B APYTUX JaTepaabHbIX
MepucTeMax, He ObuUT0 00HApy)KEHO HUKAKUX aHaJIOTOB Op-
TaHU3YIOILETO [IEHTPa, PETSATCTBYIOMNX TU(depeHInpoBKe
OKPY’KaIOIINX CTBOJIOBBIX KJIETOK. TeM He MeHee, HeCMOTPsI
Ha aKTUBHYIO tn( pepeHmpoBKy >nemenToB [1C Ha mepude-
pux KaMOus1, 3Ta MEpHUCTEMa CIIOCOOHA K JITTUTEIILHOMY MO/~
JIep )KaHHIO aKTUBHOCTH B TEUEHUE BCETO YKU3HEHHOTO [IMKJIA
pacTeHni, B OTIAMYHE OT MPOYMX JIATEPATbHBIX MEPHCTEM.
Bo3MOXHO, TPUYMHA 3TOTO 3aKIIIOYAETCS B «HETPAJAUIMOH-
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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

HeorpaHM4eHHbi€ BO3MOXHOCTUN

[Tepunykin — narepanbHas MEpUCTEMa, MTPEACTaBICHHAs! OJ1-
HUM WJIH HECKOJIBKHMHU CIOAMHU HeanddepeHInpoBaHHBIX
KIICTOK, OKPY>KaIOIIIMMH CTEITy KOPHsI ¥ HOTIa — cTeOrs. Kak
u Jiro0ast Ipyrasi MepucTeMa, HEPUIMKI MOXKET MOJICPKIBATh
cebst 3a cuet nponudepanyn HeauhhepeHIIMPOBAHHBIX KIIe-
TOK, a TaKKe JIaBaTh HA4YaJlo JPYTUM THTIaM TKaHeH. B xade-
ctBe JIM mepunuki GyHKIIMOHUPYET HEIOITO — B MOJIOJIBIX
OCEBBIX OPraHax; Mo3Xke B cTeOne U B BEpXHEW YaCTH KOPHS
KIETKH TICPUIIUKIIA YTPAYUBAIOT CIIOCOOHOCTH K JICIICHUIO
u noaHocThio tuddepentmpytores (Beeckman et al., 2001).
VHUKaIIbHOW 0COOCHHOCTHIO TIEPUIIMKIIA SBISETCS CIIOCO0-
HOCTB JTaBaTh HAYaJIO HE TONBKO CIICIIHATH3UPOBAHHBIM THIIAM
TKaHel, TAKUM KaK CKJIEPEHXMMHBIC BOJIOKHA, HO M Pa3HO-
00pa3HBIM THIIAM MEPHUCTEM: alUKaJIbHBIM (MEpPHUCTEMBI
6oxoBeIxX kKopHe# (BK) u kimyOeHBKOB), TaTepaIbHBIM (KaM-
Owuit, peruIoreH), a TaKKe Pa3InIHBIM MEPUCTEMOTIOIOOHBIM
cTpykTypaMm (kamrycsl, omyxonn) (Hoxyesa u ap., 2014).
HecMmotps Ha Mopdonornueckoe eqnHO00pa3ne IMePHITHK-
Jla, €ro KJIETKU HE MJCHTUYHBI (PYHKIIMOHAIBHO U JCISTCS
HAa JIBa THIA: KIETKH, MPHUJIeKaIIne K KCHuIeMe (KCHIEMHBIN
TIEPUITNKI ), KOTOPhIe 00IaatoT BBICOKOW CTIOCOOHOCTHIO
K KJIETOYHBIM JICJICHUSM M UCTOJIB3YIOTCS ISl 3aKIaJKH
JIPYTHX THIIOB MEPUCTEM, M KJIETKH, TIPHIIeKAIIe K (Godme
(pmoSMHBII TIEPUIUKIT), KOTOPEIC, KaK MPaBUIIO, HE IMEIOT
aToil cmocodnoctH (Parizot et al., 2008; Atta et al., 2009).
Cpenu MHOTOYHCICHHBIX T®, aKTUBHBIX B KOpHE, y4acTHE
B PETYILIIUN Pa3BUTHUS TIEPUITIKIIA OBIJIO YCTAHOBICHO TOJh-
ko it T® SHR u SCR (Parizot et al., 2012). I'er SHR sxkc-
MpeccupyeTcs B KIeTKax CTelbl, 3areM 0esok SHR nepeme-
TIIaeTCsl B IIEPUIINKIT X SHIIOACPMY, TIe 00pa3yeT reTepoauMep
¢ T® SCR. Muensto mumepa SHR/SCR ciysxur psi reHos,
HKCIPECCUPYIOMIMXCS B YHAOAEPME U MEPHIHKIIE, B YacT-
HoctH, cam TeH SCR (Cui et al., 2011); ren, xogupyromuit
MukpoPHK 165/166, koTopbie peryiupyoT YpOBEHb TPaHC-
kpuntos reHoB HD-ZIPIII (Emery et al., 2003); a Taxoke reHbi,
perymupytomme 6amanc aykcuHoB 1 LK B creme (Okushima
et al., 2005; Cui et al., 2011).

I'eneTnuecknii KOHTPOJIH MOAACPKAHNS U PA3BUTHS IEPH-
[IUKJTa U3YYCH 3HAYUTEIBHO XyXKE, YeM KOHTPOIb Pa3BUTHS
JIPYTHX TIEPBUYHBIX MeprcTeM. TeM He MEHee B KOHTPOJIC pa3-
BUTHS IEPUIIUKIIA YYACTBYET PSIJI PETYIIATOPOB, XapaKTEPHBIX
151 KAM, nanpumep T® SCR u SHR. Tlo Bceit Bugumoctu,
B IEpUIMKIIE He dKcnpeccupyrorcss WOX rensl, o kpaiine
Mepe, Y 3TOH MEPHCTEMBI He BBISIBJICHO «CBOeTo» reHa WOX,
OTIPEIICTIAFOIIETO €€ HACHTHIHOCTb. B TO ke BpeMst Ha paHHIX
CTaUAX MHIYKIWU JAPYTHX THIIOB MEPUCTEM W3 MCPHUIIAK-
Jla UMEeT MECTO aKTHBaIus dkcrnpeccun WOX TeHOB, Kak
npasuio, WOX5 (B BK, kiryOeHbKax, Kauryce, CIOHTaHHBIX
W MaToreH-MHIyIUpOBaHHbIX onmyxousix) (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 1ipn
perenepanuu moderoodpazosanuem (Atta et al., 2009), WOX4
MIpH 3aKJIaJIke MexXImy4JkoBoro kamous (Suer et al., 2011).
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CrniocoOHOCTh nepurykia k nHAyKimu bK n nonnepsxanuio
MEpPUCTEMATHIYECKOH aKTUBHOCTH B TEUEHHUE JUIMTEIHLHOTO
BpeMeHHU mociie Bbixona n3 KAM mo3Bonmna BBIABHHYTH
MIPEAIOIOKEeHUE 0 (PYHKIMH MEPUIHKIIA KaK «PaclInpeHHO
anmukanbHON Mepucteme KopHs» (De Smet et al., 2006).
I'ensl, oTBeuatonue 3a nopnepxanne KAM, takue kak WOX5
n ACR4, HauMHAIOT SKCIPECCHUPOBATHCS HA CaMBIX PaHHHUX
3Tamax pa3BUTHsI IPUMOPANS OOKOBBIX KOPHEH, ITPU MEPBBIX
ACHMMETPHYHBIX JISNICHNAX KieTok nepunukia (Gonzali et
al., 2005; Stahl et al., 2009). 3aknagka BK HaxomuTcs mon
CIIOKHBIM T€HETHYECKHM KOHTPOJIEM, B OCHOBE KOTOPOTO
nexut aktuBays KAM-cnennpuansix TO mon gelicTBreM
aykcrHa. OJHON M3 MUILIEHEH NEeHCTBUS MHOIMITYKCYCHON
kucnotsl (MYK) B kneTkax-ocHoBarenbHAIAX BK ciry>kuT rexn
GATA23, xoqupytromuii Td: 5TOT reH HaYMHAET 3KCIPECCHPO-
BaThCA B KJIETKAX KCHJIEMHOTO MEPUIMKIIA TTepe]] X IePBbIM
ACHMMETPHUYHBIM AHTHKIIMHAIBHBIM JEJICHUEM — COOBITHEM,
C KOTOPBIM CBSI3BIBAIOT MOMEHT WHHMIMAIUN OOKOBBIX KOp-
Heil. CHmkeHne ypoBHs TpaHckpunta GATA23 myrem PHK-
nHTepdepeHn ymMenbinaeT gncio bK, 9ro moareepxxmaaer
HeobxomumocTs 3Toro T s ux 3axmanku (De Rybel et al.,
2010). B otnuumne oT ayKCUHOB, IUTOKUHUHBI TIOJABIISIIOT
obpasoBanne BK, oka3piBast BIUSHIE HA SKCIIPECCHIO TEHOB
PIN, xonupyroomux nepeHocyuky aykcuHoB. [Ipu stom LK
perynaupyiot pacnosnoxkenue BK Baons ocu maBHOro xop-
HS: MOKA3aHO, YTO B KJIETKAX MEPUIMKIIA, MPUIETAIOMINX
k nmpumopauio BK, numeer mecto akTuBanus OnocuHTe3a
IUTOKMHUHOB, YTO HE MO3BOJIAET HOBBIM mpumopausiM BK
3aKJIaIbIBATHCS B HEOCPEICTBEHHON OJIM30CTH OT «CTaporoy»
(Chang et al., 2015).

KrneTku KcnuneMHOro nepuIuKia, KOMIEeTeHTHBIE K 3aKiIa/1-
ke bK, Takke UrparoT nepBOCTENEHHYIO POjb B IIpoLEccax
KaJTycOreHe3a M pereHepalu: BO MHOTOM 3TH IPOLECCHI
CXOAHBI ¢ mporeccoM 3aknanku BK, Ho oTnuyarores no Ha-
60pam reHoB, HKCIPEeccHst KOTOPBIX MHIIYIIUPYETCS B KIETKAX
MIEPUIIMKIIA [TPU OTIPE/ICIICHHBIX YCIOBHSX KYJIBTHBHPOBAHUS
(Atta et al., 2009). Tak, npu KyJIbTUBUPOBAaHHH KOPHEBBIX
Y TUTOKOTHIIBHBIX AKCIUIAHTOB apaOHIO0TICHCa Ha CPese AT
WHAYKIMH KaJulyca 3a CUeT JIEJIEHHUS KICTOK KCHIEMHOTO
MEPHUIMKIIA Ha DKCIUIaHTaxX (POPMHUPYIOTCS BBIPOCTHI, IO
cBoeil Mopdornorun cxomusie ¢ nmpumopansaMu bK. B atux
CTPYKTYpPax aKTHBHPYETCSI ayKCHH-UyBCTBUTEIBHBIA IPO-
MoTop DRYS, HaboqaeTcst SKCIpeccust 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 PHepeHIIUPOBKH ITPHU-
MopaueB kajutyca u npespamienue ux B bK. ITpu nepenoce
K€ 9KCIUTAHTOB HA CPELy JJIst MHIYKIIMH ITOOETOB (C MOBBIIICH-
HbIM coziepxkanueM LK) npumopauu kanmyca npeBpararoTcs
B TOOErM — B HUX CHMYKAIOTCSI YPOBHHU SKCIIPECCUH KOpHE-
cnenr(UYHBIX TEHOB W HAUYMHAIOT AKTHBHPOBATHCS T'CHBI,
xapaxrepnble st [IAM, takue kak WUS u STM. KynbTuBaius
KOPHEBBIX U TUIOKOTHJIBHBIX SKCIIJIAHTOB apaduoTcrca Ha
6oraroii LIK cpene anmst nmoGerooOpa3oBanus (MUHYS Cpemy
JUIS KaJTyCOT'€HEe3a) MOXKET NMPHUBOAUTH K MPSAMON 3aKIaaKe
MOOETOBBIX MEPUCTEM U3 KIETOK KCHJIEMHOTO NEPHINKIA
(Atta et al., 2009).

HenaBHo moka3zaHO, YTO CXOIHBIE C KaJIJIyCOT€HE30M
MIPOLIECCHI MTPOUCXOAAT MPHU 00pPa30BaHHUMU OIyXoJei y pac-
TEHHH, B YaCTHOCTH OITyXOJICH Ha KOPHSIX HHOPEAHBIX JIMHUI
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penuca (Lebedeva et al., 2015), kopoHuaroro rajuia, HHIY-
MUpOBaHHOTO A. tumefaciens (Bunorpamosa u ap., 2015),
M KOPHEBBIX TaJUIOB, MHAYIMPOBAHHBIX ITAPa3UTHUECKUMHU
nematogamu (De Almeida Engler, Gheysen, 2013). Tak,
MIpH U3YYCHUN MEXaHN3MOB arpo0akTepHaIbHON TpaHCcop-
Malllii PAaCTUTEIBHBIX KJIETOK YCTaHOBJICHO, YTO TEPEHOC
u uHrerpanus T-/IHK B KOpHEBBIX 3KCIIITAHTaX MPOUCXOIAT
MPEUMYIIECTBEHHO B KJIETKH MEPUIIMKIIA; YACTOTA YCIIEIITHOH
pereHepanyy TPaHCTEHHBIX PACTEHUH MPH TpaHC(hOpPMaUN
KOPHEBBIX 3KCIUIAHTOB apabujoricuca A. tumefaciens co-
crasisieT B cpegaeM 0,5 %, Toraa kak goist TpaHchopMannu
1 YCTICIITHOH peTeHepayy TPAHCTEHHBIX PACTEHHUH U3 KJICTOK
nepunukia focturaet 50 %, 4To CBUAETENBCTBYET O BBICOKOH
KOMIETEHITH KJIETOK UMEHHO 3Toi JIM k arpobakrepuaib-
Ho#t Tpancdopmarun (De Buck et al., 2000). Pannue cragnu
pPa3BUTHs CIIOHTAHHBIX OIYXOJIEH M KOPOHYATOro Tajuia
MOP(OIOTHIECKH U TIO PACTIPEACTICHHUIO JISNSIIUXCS KIETOK
CXOZIHBI C paHHUMHM CTagusMU MHAyKIHKA BK n BKiIrowaroT
B ce0st (hOpMUPOBAHUE MAKCUMYMOB KOHLIEHTPALUH AyKCH-
HOB M MHIYKITHIO dKcmpeccun reHa WOXS5 (Bunorpamosa
u 1p., 2015; Lebedeva et al., 2015).

Kpome 3T0T0, TIEpULIMKI y4acTByeT B (hOPMUPOBAHUU
MEpPUCTEM CUMOMOTHUYECKUX KIYOEHBKOB MpPU B3anMOACH-
cTBHU 0000BBIX pacTeHuii ¢ puzoOusiMu. CorntacHo HanOostee
pacnpoCcTpaHeHHOW TUIoTe3e, KIIyOSeHbKN BOSHUKIIM B XOJ1€
9BOJTIOLUY HAa OCHOBE MOAM(MKAIINU MPOTPaMMBbI Pa3BUTHUS
OokoBbIx KopHei (Mathesius et al., 2000). Manmuanms kietod-
HBIX JICJICHUH [TPY 00pa30BaHNH ITPUMOPIUEB KITyOSHBKOB TaK
JKe, KaK U IIpM 3akiiajike npumopaues bK, kak npasuio, npo-
HCXOJHT B KCHJIEMHOM IEpUIHKIC. B cHCTeMHBII KOHTPOIb
(aBrOperyssiuio) pa3BuTusi KiyoeHbkoB U BK mMoryT ObITh
BOBJICUEHBI O0IITHIE KOMITOHEHTBI: Y MyTaHTOB C MOBBIIICHHBIM
KOJINYECTBOM KIIyOCHBKOB (CyNEepKIyOeHBKOOOPA3yIOIIHX )
TaK)Ke YBEJIIMYCHO M YKCII0 OOKOBBIX KopHe# (Searle et al.,
2003). Ipyras ocobeHHOCTH, cOmmkarormas kiryoeHek ¢ bK, —
HaJlM4ue y Hero coOCcTBeHHOW MmepucreMbl. ITokazano, 4to
BO)XHYIO POJIb B 3aKJIaJIKe M IMOJJIEPKAHUK KIIyOCHBKOBBIX
MepHucTeM urpaetr reH WOX5 — peryniarop MOKOSIIEeTrocs
nearpa KAM (Ocumnosa n ap., 2011; Osipova et al., 2012),
B MEpUCTEME KIIyOEHBKOB ATOT )K€ I'€H CIIY>)KUT MHUIICHBIO
CHCTEMBbI aBTOPETYISIIIMU KITyOEHBKOOOPA30BaHUs, BKIIIOYA-
romieid B cedst onpenenenupie CLE-nenTuab! u ux perentopsl
(Mortier et al., 2010).

Kannycoo6pasoBaHue 1 comaTnyeckui
amMbpuoreHes: TBOpUYECKUI Nogxon

K Pa3MHOeHWNI0

TOTUIIOTEHTHOCTh M BBICOKAs MIACTUYHOCTH MPOTPaMM
pa3BUTHSI — JIaBHO M3BECTHBIE OCOOCHHOCTH PACTUTEIBHBIX
Ki1eToK. OJTHUM U3 CII€ACTBUI TAKOH IIIACTHYHOCTH SBIISETCS
CIIOCOOHOCTB pacTeHUH MPOAYIMPOBATh KAJUTyC — Maccy He-
JddepeHIIMPOBaHHBIX KIETOK, CIIOCOOHBIX MOATOMY JaTh
HadaJio [eJIOMy PacTeHHI0. M3Ha49anbHO KaJlTycoM Ha3bIBaJIH
pacTUTENFHYIO TKaHb, 00Pa3yONIyIOCs Ha TIOBEPXHOCTH PaH
NOOEroB WIJIM YEPEHKOB B pe3yJibTare JeleHUs ONKamnx
JKHBBIX KJIETOK, JUIs TAKOTO PAHEBOTO KaJUTyca XapaKTepHO Ha-
KOTUICHHE KaJUIO3bI, OTKY/Ia U motwio ero Ha3BaHue (Ikeuchi et
al., 2013). B Hacrosiiiee BpeMmsi TOT TEPMUH IIPUMEHSIIOT JIJIsI
o0o3HaueHns 000 HeauddepeHInpoBaHHON MacChl pac-
TUTENBHBIX KJIETOK, HAIlpIMep, 00pa3oBaHKE KaJLTyca MOYKHO
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WHJIyIUPOBATh i1l Vitro IPpU KyJITUBUPOBAHUH IKCIUIAHTOB Ha
cpeze, comeprkarieit aykCHHbI 1 TUTOKMHUHEI (Skoog, Miller,
1957). B cooTBeTCTBUY C HATMYMEM WM OTCYTCTBUEM IPHU-
3HAKOB BTOPUYHOU AU(PPEePEHIIMPOBKH BBIICISIOT HECKOJIBKO
TUIIOB KaJulyca: HeAu(PepeHIINPOBAHHBIH KOMITAKTHBIN;
KOopHeoOpasytomuii (rooty callus, perenepupyromiuii KOpHn);
noberoobpasyromnruii (shooty callus, pereHepupyroruii mode-
TH); SMOpHOTeHHHBIH (embryonic callus, cmoco6nsIf k CD)
(Jiang et al., 2015).

HecmoTps Ha ayuTenbHOE U3Y4YEHUE, O MOJIEKYJSPHBIX
MEXaHU3Max KaJuTycoOOpa30BaHUs U3BECTHO HEMHOTO. Tem
HEe MEHee MCCIIeIOBATENIN CXOIITCS BO MHCHHH, YTO KaJLTyC
[0 CYTH IPEJACTABISIET CO00H aHOMAaJIbHYI0O MEPUCTEMOIIO-
IO0OHYI0O TKaHb, CIIOCOOHYIO JaBaTh HA4Yaluo HOPMAaJIbHBIM
MepHcTeMaM (IIpU pereHepariy NoOeroB M KOpHEH U3 Kayuty-
ca, npu comatuyeckom smopuorenese) (Ikeuchi et al., 2013;
Jiang et al., 2015). B cBoro ouepenp, Karyc 9acTO HHAYIIH-
pyeTcs M3 CyIIECTBYIOIINX MEPHCTEM, HAapuMep, Kalilyc
Ha TUIOKOTUIILHBIX U KOPHEBBIX 3KCIUIAHTaX apabujorcuca
pa3BuBaeTcs U3 KIETOK KCHJIEMHOTO repuinkia (Atta et al.,
2009) mu Bo3HUKAET 3a c4eT AeAu((HEpeHIMPOBKH KIETOK
(Jiang et al., 2015).

B MHOTOUHCIICHHBIX MCCIEAOBAHUSAX MTOKA3aHO, YTO 00-
pa3oBaHME KaJUTyca MOXXHO BBI3BATh, MAHUITYJIHPYS! YPOB-
HSIMHM 9KCIIPECCHU T'€HOB-PErYJISITOPOB KJIETOYHOTO IHKIIA,
Takux kak E2F (E2 PROMOTER BINDING FACTOR) u DP
(DIMERIZATION PARTNER), KoTOpBIE KOIUPYIOT B3aUMO-
neiictyrompe TP, HeoOXoaMMBbIe sl KOHTPOJISI PEerIMKa-
mun JJHK (Kosugi, Ohashi, 2003), KRP (KIP-RELATED
PROTEIN), xonupyonye HHrHONTOPHI IIMKIIMH-3aBUCUMBIX
kuHa3 (Anzola et al., 2010). YeuneHHoe kayurycooOpa3oBaHue
XapaKTEepPHO TAKXKE Ul IMHUI CO CBEPXIKCIIPECCUEN T€HOB,
KOAMPYIOIINX HeoOXomumebie tst pa3Butus nucta TO LBD
(LATERAL ORGAN BOUNDARIES DOMAIN) u ayk-
cun-3aBucuMbie T® ARF7 n ARF19 (AUXIN RESPONSE
FACTOR?7 n 19), Mumienpto AeicTBHS KOTOPBIX CIIyKaT
BeieynomsinyTeie rensl E2F n DP (Okushima et al., 2007;
Berckmans et al., 2011). B perymsauuu yposus 6enkoB KRP
BO)XHYIO POJIb UTPAET OCIOK-TPAHCKPUIIIMOHHBIN a/larTop
PRZ1 (PROPORZ1); noreps ero pyHKINHN y MyTaHTa apadu-
JIoricuca prz/ BBI3BIBACT CIMIOHTAHHOE KaJTycOOOpa3oBaHue,
CONPOBOXKIAIOIIEECs] CHIPKEHHUEM YPOBHEH SKCIIPECCHN TCHOB
KRP (Sieberer et al., 2003). B cBoro ouepeib, aKTUBAIHS HE-
KOTOPBIX IpyTrux T® BbI3bIBAET CIOHTAHHBIN IEPEXOA K COMa-
THYECKOMY SMOpHOTeHe3y U (POPMUPOBAHHE IMOPHOTCHHOTO
Kajuryca (CM. HUXKe).

ITonMoO HOpPMaNBEHOTO 3UTOTHYECKOTO AMOpPHOTEHE3a, IS
pacTeHnii XapakTepeH COMaTHYEeCKHi 3MOpHOTeHe3 — Ipo-
L[eCC, MPU KOTOPOM HE3UTOTHYECKHE KIETKH (OPMHUPYIOT
SMOPHOHBI, KOTOPBIE 3aTEM IIPOXOAT Uepe3 XapaKTePHBIE CTa-
JY SMOPHOHAIEHOTO Pa3BUTHS, B KOHEYHOM UTOTE (hOPMHUPYS
HoBoe pactenue (Chen et al., 2009). MHorue Buibl pacTeHui
XpaHAT B ce0e MOTeHIIHAIBHYIO CITOCOOHOCTH K C3, 01HaKO
y OONBIIMHCTBA U3 HUX IS 00pa30BaHUS COMAaTHUYECKUX
SMOPHOHOB HEOOXOMUMBI CHICHIU(DUICCKUE YCIOBUSI in Vitro,
KOTOPBIE OOBIYHO BKITIOYAIOT B ce0st 00paboTKy TOPMOHAMH 1
pa3BuTHE SMOpHOTeHHOTO Kayuryca. ComaTrinueckuii aMOpro-
reHe3 UMEeT MHOKECTBO YEPT, TPUCYIHX 3UTOTHUECKOMY dM-
Opuorenesy (33). B xome pa3BUTH cOMaTHIECKOTro SMOpHOHA
OOBIYHO MOXKHO PA3IMYUTh MOP(OJIOTHYECKUE CTAJNH, Xa-

leHeTuKa pa3BuTnA
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PaKTepHbIC IS Pa3BUTUS SMOPUOHA U3 3UTOTHI (Zimmerman,
1993). B wacTHOCTH, BasKHBIM 3TarioM CO SBIISETCS 3aKJIaIKa
IIYJIOB CTBOJIOBBIX KJIETOK IEPBUUYHBIX MepucteM — [TAM,
KAM wu npokambusi. HeoOxoaumoe ycioBue HOPMaJIbHOTO
Mopddorenesa 3apozsima mpu 33 1 CO — co3maHme TOKaTBHBIX
MaKCUMyMOB KOHIICHTpPAIH ayKCHHA, KOTOPbIE BO3HUKAIOT
Onarozapsi 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 OOJBIIOE KOJTHMYECTBO TEHOB, padoTaro-
mux B xone CO, QpyHKIMOHUPYET U MPH 3UTOTHYECKOM M-
Opuorenese. Cpeau HUX, HAIPUMED, TeHbI, Kopupytomne TO
passbpix rpymn: 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 gncno perymsaropo C3 Takxke BXO-
qat penentopras knHaza SERK (Somatic Embryogenesis
Receptor Kinase) u3 cemeiictea LRR-RLK (Santiago et al.,
2013); Tounsie ¢pyHknnu ee B CO He BBISICHEHBI.

Kunciry 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 ONIPEICIISIOT HEPBUYHYIO «PAa3METKY» 3apoJbIllia; Ha
Oosiee MO3JHUX CTAUSIX B KJIETKaX, KOTOPbIE BIIOCIIEICTBUH
nmamyT Hadano ITAM u KAM, skcnpeccupyrorcs reHsl WUS n
WOX5 (Haecker et al., 2004). Brioine BeposiTHO, 4TO B KOH-
Tposie C3D y4acTBYIOT T€ K€ TPAHCKPHIILIHOHHBIE (DAaKTOPBI.
Tak, nccnegoBanne CO y BHHOTpaga IMOKa3aio, 9To MpaK-
THUYECKH Bce TeHbl WOX y 3TOro BUIa 9KCIIPECCUPYIOTCS B
X071€ KaJuTyco00pa30BaHusl, IPH TOM IKCIPECCHUSI HEKOTOPBIX
U3 HUX aCCOIMUPOBaHA C HEAMOPHOTEHHBIMHU KaJITyCaMH, a
JIpyTUe 3KCHPECCUPYIOTCS KaK pa3 B XO/€ COMaTH4eCKOro
sMOpuorenesa. Y apadujorncuca sxcrnpeccus rena WUS city-
KHUT MapKepoM ¥ CTUMYISITopoM CO U y4acTBYeT B 3aKIIa IKe
ITAM y comarnueckux 3apoasiieii (Chen et al., 2009; Su et
al., 2015); reu WOX35, B cBOIO 0O4Yepelib, yIaCTBYCT B 3aKJIAJIKE
KAM comarngecknx 3apoxpimiei (Su et al., 2015). Ha pa3nabix
BU/IaX PACTCHNH 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, GyHKIMOHHUPYIOIIMX B XOI€ 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 KinY - 3acenieHne cerogHA

Jliist 0O6pa3oBaHus OMyX0Jed y pacTeHHH XapaKTEepPHO MOBBI-
IIEHHE KoJIYecTBa (TUIepIuiasus) 1 pasmepa (runeprpodus)
KJIeTOK. YacTo y pacTeHHu BBIACTAIOT COOCTBEHHO OITyXOJH
(kayurycoro00HbIe CTPYKTYPBI ¢ HEOTPAaHHUYCHHBIM POCTOM
1 c51a00 BBIpaKeHHBIMH ITPU3HAKAMU BTOPUUHOM 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, HECIOCOOHBIX K CaMOIOAJIEPKa-
nuto) (Dodueva et al., 2007). BcTpedatoTcsi cioHTaHHbIE
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OIyXOJIM, BO3HUKAIOIINE Y PACTEHHUI ¢ OMpeaeIeHHbIM
TEHOTHUIIOM, U MaTOTeH-MHAYIMPOBAHHBIE, Pa3BUBAIOIINECS
TI0/T BIUSIHAEM MapasuToB, KAK MPABHJIIO, 32 CYET M3MEHECHUS
TOPMOHAJILHOTO OajlaHca B TKaHSX PACTEHHUS O]l BIUSHUEM
napasuta. bonpias 4acTh MHIYIUPOBAHHBIX OITyXOJIEH —
9TO CTPYKTYPHPOBAHHbIEC, OTPAHUYCHHO PACTYIUE TaJJIbl;
00JbIas 4acTh CHOHTAHHBIX — ATO THUIIMYHBIC OIYXOJIH.
Kiaccuueckuil npuMep CIIOHTAHHBIX OIyXOJeH NpeACTaBIs-
0T OITyXOJIM Y MyTaHTOB apaOuorcuca ¢ HapyIIeHHOH Kire-
TOYHOM ajnresueii (tsd, pas, prz) (Frank et al., 2002; Sieberer
et al., 2003; Krupkova, Schmiilling, 2009), y TpancreHHBIX
pactenuil co cBepxakcnpeccueil CHRK-kuna3bl, Tounble
(DYHKIMM KOTOPOI B KOHTPOJIE JIEJICHUS! KIIETOK HEU3BECTHBI
(Lee et al., 2004), a Taxke y HHOpPEAHBIX JTHHAHN, B YaCTHO-
CTH OIyXOJIeBBIX IMHKH peanca (By3oBkuna, JIyrosa, 2007).
[TaroreH-nHyIMPOBaHHBIE OITYXOJIH MOTYT OBITh BBI3BaHBI
GakTepusiMu, TpUOAMH, HEMATOIAMH, TIPOCTEUIINMH, WICHHU-
cToHOrUMH. [TpoMexyTOUHOE MOTOKEHNE 3aHUMAIOT OITyXO-
JIeBbIE MEXKBHUI0BbIE THOPUIbI TA0AKA: C OTHON CTOPOHBI, 3TO
CTIOHTaHHBIE OITYXOJIH, C APYTON — ISl UX MHAYKIUN HyKHA
9KCTIPECCHSI ITOCIIEIOBATEIILHOCTEH, MOy YeHHBIX HEKOTOPBI-
MU M3 POJMUTEIILCKUX BUJIOB OT arpoOaKkTepuii B pe3ysbTare
TOpHU30HTAIBHOTO TTepeHoca reroB (Intrieri, Buiatti, 2001).

Wupyknus rajuioB ¥ OMyXoJeHd Ha pacTeHHH-XO3SHHE —
OJIMH M3 OPUTHHAJBHBIX CHOCOOOB KOJIOHHU3ALUHN PACTCHUI
OMOTPOPHBIMU TATOTEHAMH, IPH KOTOPOM aHOMAaIbHOE
paspacTaHMe PacCTHUTENbHBIX TKaHEH CO3/aeT JUIs MaroreHa
XOPOIIO 3alUIICHHYIO Cpely OOUTaHUS C JIOCTYITHBIM HC-
TOYHUKOM NUINH. Bee 310 nocturaercst «penporpaMMupoBa-
HHEM) 3apaKCHHBIX PACTUTEIBHBIX KJIECTOK O] JCHCTBHEM
CHTHAJIOB, OCTYMAIOIIMX OT Natorena. Kak npaBuio, Takumu
CUTHAJIaMU CITyXaT (PUTOTOPMOHBI, CIOCOOHOCTD K CHHTE3Y
1 CEKPEIMHU KOTOPBIX COCTABIISIET XapaKTEPHYIO 0COOCHHOCTD
OITyXO0JIb-WH/LyIUPYIOLIMX OPraHU3MOB. Pe3ysbraTtom Takoro
perporpaMMHUpOBaHNs CTAHOBUTCS CO3/IaHKE ITyJ1a AEAIINX-
cs1 HeuddepeHIMPOBaHHBIX KICTOK ((paKTHUECKH — HOBOM
MEpPUCTEMBI ), KOTOPBIH 3aceNsAeTCs HaTOTeHOM M 3aTeM B TOH
WA WHOU CTETIEHU MPHOOpEeTaeT YepThl BTOPUIHON Tudde-
peHuMpoBKH. PsjoMm mccienoBaresnei moka3aHO CXOJCTBO
OITyXO0JIeH ¢ HOpMaJbHBIMU MEPUCTEMAaMHU Ha OCHOBE I'MCTO-
normdgeckoro crpoenus (Ullrich, Aloni, 2000; Burorpamosa
u ap., 2015; Lebedeva et al., 2015) u sxcnpeccuu reHOB
MEpUCTEMHBIX peryistopos (JIytosa u ap., 2008; Testone et
al., 2008; Bunorpanosa u 1p., 2015; Lebedeva et al., 2015).
HHTepecHo, 4TO HEKOTOPbIE M3YUYCHHBIC THIIBI OITYXOJICH
pacTeHuil MPOUCXOAAT U3 NEPULUKIA — [LUIIOPUIIOTEHTHOU
narepansHOil MepucTemsl (De Buck et al., 2000; Lebedeva
etal., 2015).

Haunbonee u3y4eHHBIH OMyX0Ib-HHIYIUPYIOUIHA QUTO-
MaToreH — BOo30yuTeNIb KOPOHUATOTO raymia Agrobacterium
tumefaciens — BBI3BIBACT BCTPAWBaHHWE B TCHOM PACTEHUH
T-JIHK, yuacTka miua3Mujibl, COAEpPKAIIET0 reHbl OMOCHH-
Te3a OMHMHOB M T€HBI (PUTOTOPMOHAIBEHOTO METaboIH3Ma.
DKcrpeccHs MOCIEAHUX NPUBOAUT K (POPMHUPOBAHHUIO
OILyXOJIM, U3BECTHOM I10J] HA3BAHUEM «KOPOHYATBIN Iajuny,
y mUpoKoro kpyra BunoB pactenuii (Garfinkel et al., 1981).
Koponuarslii rajut nmpezacTasisieT co00i THIMNYHYIO OITyXO0JTh,
KOTOpast XapaKkTepu3yeTcsi ObICTPOH Iposudepanueii KIeTok,
CHOCOOHOCTBIO K TOPMOH-HE3aBHCUMOMY POCTY H TTOJTHOH
norepeid criocodHoctn Kk perenepanuu (Ahuja, 1998). Mo-
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JIO/I0M KOPOHYATBIN TaJljl BOBHUKAET Kak Hean(phepeHuupo-
BaHHAas Macca KJIETOK, B JAJIbHEIIIIEM MOXKET MPOUCXOAUTD
BTOpHUYHAs MU(QepeHInpoBKa HEKOTOPBIX THUIIOB TKaHEH,
Hanpumep nokpoBHbIX U ¢uioambl (Ullrich, Aloni, 2000;
Veselov et al., 2003). T'ncTonmornyeckuii aHaIN3 OMyXOJei,
WHIyIIMPOBAHHBIX A. fumefaciens Ha TOpoxe, O3BOJIHI BbI-
SIBUTh B HUX MEPUCTEMAaTHYECKHE CTPYKTYPbI, BHEILIIHE HAIIO-
MuHatome KAM u copepxaliine MeaKue KJIETKU C INIOTHON
IIUTOILIa3MON. AHAJIN3 pactpeeIeHUs NPoar(epupyrommx
KJIETOK B OITyXOJISIX C [IOMOIIBIO MEUEHOTO aHAJIOTa TUMH/IMHA
5-3THHWI-2-e30KCHY PUIIHA, TIOKa3aJl, 9TO POIH(EePHpyIO-
IIME KJIETKH B OITyXOJISIX COCPEIOTOUCHBI B TAKUX MEPHCTEMO-
nof00HbIX CTpyKTypax (Bunorpanosa u np., 2015).

V3BecTHBI eIle HEeCKOJIBKO BHUIOB Tajulo00pasyomux
Oakrepuii — Pseudomonas savastanoi, Pantoea agglomerans,
Rhodococcus fascians, KOTOpble BbI3BIBAIOT ()OPMHUPOBAHKE
raJyIoB C OTPaHUYEHHBIM POCTOM. MHIYKIHS raioB STHMH
OakTepHus MM TaK)Ke TECHO CBS3aHA C MX CIIOCOOHOCTBHIO
K 6nocuHTesy LIK n aykcrHOB, KOTOpast ONpeessieTcs mias-
MHJHBIMH WM XPOMOCOMHBIMH I'€HaMH; T'€Hbl OHOCHHTE3a
(bUTOrOpMOHOB Y TaNII000pa3yIomuX OaKTepHii IEMOHCTPH-
PYIOT BBICOKHI YPOBEHB CTPYKTYPHOTO U (DYHKIIHOHAJIBHOTO
CXOJICTBA JIPYT C APYTOM U ¢ TeHaMu A. tumefaciens, HO He
criocoOHbI BcTpanBarkesi B TeHoM xo3simHa (Glass, Kosuge,
1988; Vandeputte et al., 2005; Chalupowicz et al., 2009).

K unaykuum onyxoneBoro pocra y pacTeHUN TakKe Ipu-
BOJHT 3apa’keHHE HEKOTOPHIMU BHAAMHU (PUTOMATOTCHHBIX
rpuOOB, cpean HUX Haubojee U3yUueHbl TOJIOBHEBbIE IPUOBI
nopsinka Ustilaginales: manpumep, Ustilago maydis BeI3pIBaeT
o0pazoBaHMe OITyXO0JIel Ha IToyaTkax KyKypyssl, U. esculenta
o0pa3yeT KpyIHbIe «ChelNOOHBIC TraJlIbly HA 3J1aKe Zizania
latifolia (Chung, Tzeng, 2004). MHorue rpuodsI, mapasu-
TUPYIOLINE Ha PacTeHMSAX (HE TOJBKO rayuroodpasyrolnue),
CIIOCOOHBI K OMOCcHHTE3y 1 cekpernn puroropmonos (Chung,
Tzeng, 2004). Tax, y U. maydis Ob111 WASHTUPUINPOBAHBI
reHsl iadl v iad2, kopupytomue gpepmenTs! Onocunresa YK
(Reineke et al., 2008). V cnopeiabu (Claviceps purpurea)
UJICHTH(UIMPOBAH YHUKAJIBHBII reH OHOCHHTEe3a IUTOKHHH-
HOB CpIPT-LOG, KOTOPBIH KOAUpYeT THOPUAHBIN (DEepMEHT,
00BEIUHSIONNI B ceOe (PyHKIIMOHAIBHBIC JOMEHBI OCIIKOB
IPT u LOG, xatann3upyromux Ba MMOCJIe0BATEIFHBIX dTara
omocunTesa mutoknHHOB (Hinsch et al., 2015). Crioco6HO-
crbto k cexpern MYK u [IK obnamaer Taxke omyxolb-HH-
Iynupytomee npocreitee Plasmodiophora brassica — Bo3-
OynuTens karrycTHoH kuitsl (Devos et al., 2006), a Taxoke psn
raJUIOMHIYIUPYIOIKX wieHucTonorux — kierieit (De Lillo,
Monfreda, 2004) u macekombix (Tooker, Helms, 2014). Tem
He MEHee TeHbl, peryinpyronpe OnocuaTe3 aykcuuos u LK,
y 9THX (UTONAPA3UTOB MOKAa He OOHapyxeHbl. HekoTopsie
HCCIIENIOBATEH CYUTAIOT, YTO CHHTE3 (PUTOTOPMOHOB Y 9THX
OpPraHW3MOB OCYIIECTBISIETCSI CUMONOTHYECKUMHU OaKTe-
pusimu (Giron, Glevarec, 2014). IloBblieHne copepxanus
SHAOTEHHBIX (PUTOrOpMOHOB, B ocobenHoctn YK n LK,
OBUIO TIOKAa3aHO TAKKe ISl CHOHTAHHBIX OIyXOJICH PasHBIX
tunos (Ahuja, 1998; Matveeva et al., 2004; Lee et al., 2004).

Bo3moxxHOl mMunieHeto aeictsus aykcuHoB u LK mpu
WHJTyKIIUH OITyXOJIEH CTAHOBSITCS TEHBI, KOANPYIOILINE MEPH-
cTeM-creuu(pUIHbIe TPAHCKPUTILIMOHHBIE (hakTopbl. Tak, pu
3apakeHUH PaCTeHUN Mapa3suTHIeCKuM rpudom Taphrina de-
formans, BBI3BIBAIONIMM 00JIE3HB KyPUaBhIX JIMCTHEB IIEPCHKA
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U CJIUBBI, UMEET MECTO aKTHBanus sxcrpeccuu rena KNOPE,
opromnora rena KNATI apabumoricuca, mpudeM 30HBI €ro
9KCIIPECCHH COBITA/IAIOT C YIACTKAMH IPOJIU(Eepariiy KICTOK
nanucaanoit mapeuxumsl (Testone et al., 2008). AxruBarus
skcpeccun reHa RsKNATI oTMedeHa Takke MPpH Pa3BUTHU
CTIIOHTAHHBIX OITyXOJICH Ha KOPHSIX MHOPEIHbIX JIMHUH pean-
ca (JIyrosa u mp., 2008). HegaBHo ObUTO MOKa3aHO, YTO MPU
poOCTe KOPOHYATOIO Tajjla Ha TOPOXe MMEET MECTO aKTHBA-
st skcnpeccun reHa WOXS (Bunorpanosa u np., 2015).
B crioHTaHHBIX OIYXOJISIX Y MHOPEIHBIX JTMHUN PENCa TaKKe
MMeeT MECTO aKTHBAIMs dKcmpeccun WOXS, mpudem K-
MIPECCHSI 3TOTO T'eHa COCPEA0TOUEHa B 30HAX Mposndepann
KJIETOK M PUJIEraeT K MaKCUMyMaM KOHIICHTPAIMU ayKCHHA
(Lebedeva et al., 2015). Eme onna MepucTeM-Crieiu(pUIHBINA
TeH, AKTUBUPYIOIIUICS IPU Pa3BUTUH omlyXxonel, — SHR, ak-
TUBALSI SKCIIPECCUH KOTOPOTO OOHApYKEHA B OITyXOJISIX, MH-
JTyIHMpOBaHHEIX arpobakrepueii (Bunorpamgosa u ap., 2015).
Hecxkonbko nHas cTpaTerys HHIYKINU OIyXoJel Ha pac-
TEHUH-XO35IMHE CBOMICTBEHHA HeMaronaM ponoB Globodera,
Heterodera n Meloidogyne, mapasuTupyIommuM Ha KOPHSX.
O0pazoBaHKe TaKUX OIYXOJICH HHTyIUPYETCsl IPH BIIPHICKHU-
BaHWMU B TKAHW KOPHsI CEKPETa IIOTOUHBIX XKeJe3 HeMaTo/Ibl,
KOTOPBII COIEPKHUT OEJIKH, OUEHB CXOIAHBIE C PACTUTEILHBIMHU
CLE-nentunamu (Wang et al., 2005; Huang et al., 2006).
Hexotopsie CLE-nentuabl HeMaTo HAEAIbHO «MUMHUKPH-
pytom» on CLE-nienrtus pactenmii. Hanmpumep, CLE-nomen
nentuna HsCLE2 Heterodera schachtii nIeHTHYICH TAKOBOMY
y xopHecnenuduunbix nentuaoB AtCLES u AtCLE6 apa-
6umoricuca (Wang et al., 2011). YcranoBneHo, 9TO «HEMATOA-
uble» CLE-nienTu/is1, Hapsay ¢ «pacTUTEILHBIMIY, TIPOXOIST
MOCT-TPAaHCISIUOHHYI0 MOAM(PUKAIUIO B PACTUTEIbHOM
kietke (Chen et al., 2015) u B3anMOAEHUCTBYIOT C OTHUM U3
pacturenbHbx penentopoB CLE-nentunos — CLV2/CRN
(Replogle et al., 2011). O BbicoOkOM (pyHKIIMOHAIBHOM CXOJI-
CTBE «HEMATOMHBIX» M «pacTuTenbHbix» CLE-mentnnos
CBUJICTEIILCTBYET BBISIBICHHAS y psina «HemaronHbsix» CLE
CIIOCOOHOCTh KOMIUIEMEHTHPOBATh MyTaluio c/v3 y apadu-
noricuca (Lu et al., 2009). Bmecte ¢ Tem CLE-nientuapt Mo-
TYT Y4acCTBOBATh B Pa3BUTHH JIPyTHX THIOB oryxoiner. Tax,
akTuBanus 3xcrpeccun reva CLE41, xomupyromero CLE-
METITH], HEOOXOIUMBIH AJIsI TOAEPKaHNs KaMOWsI, BBISIBIIEHA
MIPY U3yYCHUHU TPAHCKPUIITOMA OITYXOJICH, MHTyTUPOBAHHBIX
arpobakrepueii (A.A. TkaueHKO, yCTHOE COOOIICHHUE).

Mepucrtembl Kny6eHbKOB:
COBMeCTHOe npeanpuATme
no pa3paboTke NPUPOAHbIX PpecypcoB
K BTOpHYHBIM MepHCcTEMaM, KOTOpbIe GOPMUPYIOTCS de novo
IIPY ONPEJIEJICHHBIX YCIOBHUSIX, MOYKHO OTHECTH MEPHCTEMBI
CIELIAIM3UPOBAHHBIX OPraHOB, TAaKUX Kak a30T(QUKCHPY-
fonre KiyOeHbKkH, oOpasyromuecs: Ha KOPHsIX 0000BBIX
pacteHuii ipu cuMOHo03e ¢ OakTepusMU-pu300HusIMu. Kiry-
OeHpKH 00pa3yroTcs B pe3yiapTaTe CUTHAJIBHOTO OOMeHa
MEXIY PaCTCHHEM-XO3SUHOM, BBIACISIONMM (DIaBOHOMIBI,
U PU300MSIMHU, CEKPETUPYIOIUMHI CUTHAJIbHBIE MOJIEKYJIBI
JUMOXUTOONIUTOcaxapuIHoi npuponasl Nod-dakropsr. Boc-
NpHUATHE OAKTEPHABHBIX CUTHAJIBHBIX MOJIEKYIl PACTCHUEM
BBI3BIBACT PsiJi MOP(OIOTHUECKUX U (PU3HOIOTMIECKUX U3-
MEHEHHUI B KOPHEBBIX BOJOCKAX, 3@ CYET YEro CTAaHOBHUTCS
BO3MOXKHOI1 OaKTepHaTbHas KOJIOHU3ALHUs PACTCHHA-XO35HHA.
leHeTuKa pa3BuTnA
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OnHoBpemeHHO ¢ 3TuM Nod-(haKkTopbl JUCTaHIIMOHHO CTH-
MYJUPYIOT KJIETKH TIEPUINKIIA, BHI3bIBAS B HUX IIEPECTPONKY
IIUTOCKENETa W NpoIH(epalfio KIETOK KCHIEMHOTO TIepH-
LUK U MPHISKAIMX K HAM KJIeTok kopbl (Timmers et al.,
1999). Y 6060BBIX pacTeHHI C HEIETSPMHUHNPOBAHHBIM THITOM
KITyOSHBKOB M3 KJICTOK ITEPUIIMKJIIA 3aKJIAIbIBACTCS CAMOTIO/-
Jiep KuBarolas MepucTeMa, oaroaapst akTuBHOCTH KOTOPOH
nmponopkaeTcs poct Kiryoenska (Crespi, Frugier, 2008).

Y 6000BBIX pacTeHNH CyIIECTBYET TaK Ha3bIBaeMasi CHCTE-
Ma aBTOpEryJIsiHY KIIyOeHbKo00pa3oBaHus (aHrI. autoregula-
tion of nodulation, AON), ocymiecTBIsIONIast CHCTEMHBIN KOH-
TPOJIb PA3BUTHS KIyOCHBKOB Ha YPOBHE II€JIOT0 OPraHU3Ma.
AON mnpezicraBisier cO00# MEXaHN3M, TOCPEIACTBOM KOTOPOTO
pacTeHne HHrHONpYeT JambHelIIee OpMUPOBaHIE KITyOSHb-
KOB Ha KOPHSIX ITOCJIE TOTO, KaK ykKe 00pa30BaINCh HECKOIBKO
nepBbIX KiyoeHbkoB. B AON y Bcex M3ydeHHbIX 000OBBIX
BoBnedeHa CLV | -nomgobHnas perenrropras kunaza (Oka-Kira,
Kawaguchi, 2006); mytanuu B rene CLV 1-nogo0Ho# knHa361
(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, CYNEPKITyOeHBKO-
oOpazyromuii HEHOTHUI TAKUX MYTAaHTOB ONPEAEISIETCS HO-
0eroBoii 4acTplo pacTeHus, TakuM oopazom, CLV 1-nogobHast
KnHa3a, BoBiedeHHas B AON, ¢yHKIIHOHUpPYET B modere.
AON HHHUIIMUPYETCS B XOJI€ Pa3BUTHH KITyOCHHKOB CHHTE30M
CHUTHaJIa, MOCTYMHAIOIETo U3 KOpHEH (Tak Ha3bIBa€MBbIil CUTHAI
‘Q’), xotopsrii mpencrasiser codoir CLE-mentuasr: y mMo-
JIenbHBIX 0000BBIX pactenuit (M. truncatula, L. japonicus)
Obutn BesiieHbl CLE rensl (MtCLE13, LjCLE-RS1, LijCLE-
RS2), sxcipeccust KOTOPBIX CHENN(UIHO aKTHUBUPYETCS TIPH
KiyoenbpkooOpazoBanuu (Okamoto et al., 2009; Mortier et
al., 2010). Csepxakcnpeccusi Takux CLE reHOB NpHUBOJMIIA
K CHCTEMHOMY ITOJJaBIICHHUIO KIyOeHBRKOOOpa30BaHMS Y pac-
TEHHWH JTUKOTO THIIA, HO HE y CYNEpKIyOeHbKOOOPA3yIOINX
MyTaHTOB ¢ noreped gpynkuun CLV1-nogoOHOrO penento-
pa LjHAR1/ MtSUNN/ PsSYM29 (Okamoto et al., 2009;
Mortier et al., 2010; Osipova et al., 2012). Ha ocHoBaHUM
TakuX JaHHBIX npeanonaratot, uto CLE nentuast MtCLE13,
LjCLE-RS1, LjCLE-RS2 sBnsrorcs nmurangamu LRR-RLK,
BoBlIeueHHBIX B AON, 0HaKo K HACTOSIIEMY BpPEMEHU
nepemenenue dTux CLE-nenTunoB u3 KopHel B HA3eMHYIO
4acTh PacTeHHWH HE OBUIO MOATBEpKIeHO. Bocmpusarue mo-
cTynuBHIMX n3 Kiryoenbka CLE-enTnioB okann3oBanHON
B yucThsix CLV 1-110/100HO0#1 KHHA301, T0-BUIHMOMY, IPUBO-
JUT K (hOPMHUPOBAHUIO HOBOTO CHUTHAJIA, TIOCTYTAIOIIETO U3
robera 1 MojIaBIISIOIIEro Pa3BUTHE KIIyOSHBKOB, OHAKO €0
NpUpoJa HEe UASHTU(DHUIINPOBAHA.

MumieHpio CUTHAIBHOTO TyTH, HHAynnpyemoro CLE-
nentugamMu B AON, ciyxut ren WOX5. Dxcpeccust 3Toro
reHa MHAYLHMPYETCsl IPH 3aKiIaJike KIIyOeHbKa U B JlaJIbHEH-
IIIEM COXPAHIETCs] HA PAHHHUX CTAIMAX €r0 Pa3BUTHSA B KIIy-
OeHbKOBOI MepucTeme. Y CynepKiIyOeHbKOOOPasyIoIIero My-
TaHTa JIIOLUEPHBI sunn ¢ norepert Gyukuun CLV 1-nogodHoro
penenitopa, ydacteyiomero 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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HaKOIJICHUE ayKCHHA B KIIyOCHBbKE TaK)Ke KOHTPOJIUPYETCS
mexanmsmMamu AON: Tak, y MyTanTa harl ¢ HapylieHHEM
B rere CLV I-niono6Horo penentopa, BosiaeueHHOTo B AON,
pacimypeHa 30Ha ¢ MOBBIIICHHBIM COJEP)KaHHEM ayKCHHA
B KOPTUKAJIBHBIX KiIeTkax (Suzaki et al., 2012).

Jpyro#l BaXHBIH perynaTop pa3BUTHS MEPUCTEMBI KITy-
OeHbKa, TOMHMO B3aUMOJICHCTBYOIIEH C ayKCHHOM CHCTEMBI
WOX-CLAVATA, nexamieit B ocHoBe AON, — IIUTOKUHUHBI
n B3anmoyeiicteytomue ¢ HuMu T KNOX. TTorepst ¢yHk-
LU HUTOKMHUHOBBIX PELENTOPOB Y MYTAHTOB L. japonicus
u M. truncatula TpUBOIUT K TIOIABICHUIO KITyOSHBKOOOpa30-
BaHMsA. B TO e Bpems 1pu pa3BUTHH KITyOCHBKOB y Pa3HBIX
BUI0B O00OBBIX BBISIBIICHA aKTHBALMSI TPAHCKPHUIILIMI T€HOB,
KOAMPYIOIIUX KOMIIOHEHTHI NEPeAadyn CUrHajla IIUTOKUHU-
HOB — peryiaropos otBeta (RR) A n 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 PEry-
JSITOPOB KITyOeHbKoOOpa3oBaHusi, coorBercTBeHHO (Op den
Camp et al., 2011; Ariel et al., 2012), npuaem T® MtRR1
HEMNOCPEJCTBEHHO KOHTPOJIUPYET IKCIpEccHIo reHa MtRR4,
00pa3ysi HeraTUBHYI0 00paTHYIO CBsI3b B 3TOM cucteme (Ariel
et al., 2012). HemaBHO TOKa3aHO, 9TO B OTBET Ha MHOKYJIS-
[IUI0 PU300MSAMH B TEPHIUKIIE KOPHS TOPOXa U JIFOLEPHEI
MMEET MECTO aKTHUBALUSI SKCIIPECCUH OIPEeICHHBIX TeHOB,
PETYIUPYIOMNX /IBA MOCIIEJOBAaTEIbHBIX Tana OMOCHHTE3a
LK, — IPTwu LOG (Azarakhsh et al., 2015). CxonHas mu-
HaMHKa SKCIpeccuu Oblia oTMeudeHa Juist reHoB MIKNOX3
n PsKNOX3, XonupyIomux roMeooMeH-conepkamue Td
KNOX knacca II. bonee Toro, cBepXsKCIpeccHsl FeHOB
KNOX3 npuBoanT k 00pa30BaHHIO CHOHTAHHBIX KITyOSHBKOB
6€3 MHOKYIISIIMN PU300MAMH, YTO CBHUIETEIBCTBYET O POIH
T® KNOX3 kak BaKHEHIIIET0 peryisTopa pa3BUTHS KIIyOCHb-
koB. [Tockonbky B I[IAM rensl /PT u LOG ciyxaT IpSIMbIMU
muteHssMu T cemeiictea KNOX (Jasinski et al., 2005; Yanai
et al., 2005), Bepositho, yro T® KNOX3 MoryT ObITH BOBIIE-
YeHbl B aKTUBALIMIO [IUTOKUHMHOBOTO OTBETA B MEPUCTEME
kimyOenpka. JlelicTBuTenbHO, cBepxaIKcnpeccus MtKNOX3
MIPUBOJIUT K aKTUBAIMHU SKcnipeccun reHoB MILOG2 u MtIPT3
B «ITYCTBIX» KITyOSHbKaX, CIIOHTAHHO Pa3BUBAIOIINXCS Ha KOP-
Hiax, a PHK-unTepdepennus 3Toro reHa — kK 3HaYNTEITHHOMY
CHIDKEHHIO ypOBHeH nx skcrpeccun (Azarakhsh et al., 2015).

3aknioyeHune

Wrak, B HacTOSIIIEE BPEMsI BBISIBIICHBI MEXaHN3MBI ITO/|/IepiKa-
nust CK B pasHbIx THnax Mepucrem. Kak yerko yoenurbcs,
HanboJiee KOHCEPBAaTUBHBI U3 HUX MEXaHU3MBbI, KOTOPBIE 3a-
BucsT ot cucteM WOX-CLAVATA. x paboTa momiep>KkuBaet
OTpeIeNIEHHOE KOJIMYECTBO KJIETOK B MEPUCTEMaxX, a TaKxKe
6ananc mporudepannn U nuddepenmuposkun CK. Ponp
cucreM WOX-CLAVATA u apyrux peryiasiTopoB pa3BUTHUS
B IOJIEP’KAaHUM Pa3HBIX TUIIOB MEPUCTEM INpe/ICTaBlICHA Ha
PHCYHKE.

Panee cunranock, uto reHsl WOX 00yCIIOBINBAIOT TAaKXKE
UJEHTUYHOCTb MEpPUCTEM. JIeHCTBUTEIBHO, SKTONHUYECKAs
skcmpeccust TeHa WUS B KOpPHSX TPaHCTEHHBIX PacTeHUH
MPUBOANIIA K JOPMHUPOBAHUIO HAa KOHUMKAX KOPHEH 3eJICHBIX
JIMCTONOIOOHBIX CTPYKTYP, COACPIKALIMX CIIeU(PUIHBIC IS
JMCTHEB TUIBI KIETOK (TPUXOMBI, KJIETKH YCTBHII); y psijaa
pacTeHuit mpoucxoamwio (HOpMUPOBAHHE HA KOHUMKE KOPHS
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Cnctembl WOX-CLAVATA 1 gpyrue perynatopbl pasHblX TUMOB MEPUCTEM.

a - B noberosoii anvikanbHoi mepucteme (MAM) skcnipeccns reHa WUS B opraHmsytoLiem LieHTpe HeraTMBHO perynunpyeTca
nentugom CLV3 npu ero cBA3bIBaHUM C peLienTopHbIMM NpoTenHKnHasamm CLV1, CLV2/CRN n RPK1; TpaHCKpuUnuroHHble GakTopbl
KNOX 1 UMTOKMHWHBI HeobXxoAMMbI ANA 3aknaaku MAM B sMbpuoreHese 1 NoaaepaHna nponudepaLn ee KNeTok B NoCTIMOpu-
OHanlbHOM Pa3BUTUN; 6 — B KOPHEBOW anunKanbHoi Mepucteme (KAM) akcnpeccus reHa WOX5 B opraHumsyioliem LieHTpe HeraTuBHo
perynupyetca nentuaom CLE40 npu ero cBA3bIBaHWUM C peLienTopHON npoTenHKnHaso ACR4; ana 3aknafku opraHusyoLlero
LeHTpa KAM Heo6xoAUMbl ayKCHHbI 1 aKTVBHOCTb TPAHCKPUMLUMOHHbIX pakTopoB SCR 1 SHR, TpaHcKpunumoHHble dakTopbl PLT
HeobXoAMMbI ANA CO3[aHNA NOKaNbHOrO MakCMMyMa KOHLIEHTPaLUM ayKCMHOB; 8 — B Npokambuu (a 3aTem B Kambum) sKkcnpeccua
reHa WOX4 nosutusHo perynupyetca nentugamu CLE41/42/44 npn nx cBA3bIBaHNM C peLIeNnTOPHON NpoTenHK1Ha3om TDR.

2 — B NepuLMKIe He SKCNPeccupyroTca «cobcTBeHHbIe» WOX reHbl, HO Npu onpefenieHHbIX YCNIOBUAX 1 NMPU MHAYKLWN SKCNpeccnmn
onpepaeneHHbIX reHoB WOX OH MOXeET flaBaTb Hauasno pasHbIM TUMAaM MepUCTeM: 0 — MEXINYUYKOBOMY KambuIo (B KOTOPOM dKcnpec-
cnpyetca WOX4); e — 60KoBbIM KOPHAM (KoTopble perynupytotca cuctemonn CLE40-ACRA-WOXS5); x — mepucTeMam CUMOMOTNYECKUX
Kny6eHbKOB (KOTopble y NiloLepHbl perynupyiotca cneunduyHbiM ana knybeHnbkos nentugom CLE13, ero peuyentopom SUNN, pabo-
TaloWMM B INCTbAX, U reHom WOX5); 3 - nprMopanam Kansyca, B KOTopbix akcnpeccupyeTca WOXS5 n koTopble MOryT AaTb Hauano

coMaTU4ecKUM SMbprioHam, Hanpumep, npu akcnpeccun WUS (u), unmn onyxonam, B KOTOpbIX TakxKe skcnpeccupyetca WOX5 (k).

@ - CLE-nentug; * - Peuentop CLE-nentugos;
perynatopsbl.

3€JICHOTO KaJulyca, coiepiaiiero auddepeHupyomuecs

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

Mo3aMeHsgeMocTby WOXS5 u WUS, npoaeMOHCTpUPOBAH-

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

aKTUBHOCTH WOX5 B pa3HOOOpa3HBIX THUIAX MEPHUCTEM

«xopHeBoro» npoucxoxaeHust (KAM, kamryc, omyxomnu,

KJIyOeHbKH) HE MOATBEPKIAIOT ATy TOYKY 3peHHs. MOXKHO

BBICKA3aTh CIEKYJISATHBHOE MPEANOI0KEHHE O TOM, UTO

reasl WOX onpenensiorT UASHTHYHOCTDh HE KaKIO0ro THIa

MepHucTeM, a 1ellod ux rpynmsl. Harnpumep, Ha Tpu 060Iib-

MIAX TPYIIBI MOKHO Pa3l€NUTh BCE BBILICTICPEUHCICHHbIE

MEpHCTEMBI:

Anukanpueie MmepucteMmbl ([IAM, KAM) u noxoxue Ha
HUX (KITyOCHBKOBBIE MEPHUCTEMBI, OITyXOJIH, IIPUMOPANU
Kajuryca). XapakTtepHasi ocoO0eHHOCTh AM u OIM3KHX
K HUM MEPUCTEM — HaJIn4Ke JIN0O0 YETKO OPraHn30BaHHbIX
OLl, mn60 x0Ts OBI JOKATM30BAaHHBIX KOMITAKTHBIX TPYTIIT
CTBOJIOBBIX KJICTOK. Perynupyrorcst OHM OJTM3KUMHU TeHaMU

- TO WOX; WOXS5 - komnoHeHTbl cictem WOX-CLAVATA; KNOX — gpyrue

WUS n WOXS5, xoTopbI€ B 3BOJIOILNH PA3ACIIINCh CPAaBHU-
TenpHO HenmaBHO (Nardmann et al., 2009). Hammaue OL] v
CXOJTHBIX C HUIMH CTPYKTYP, B KOTOPBIX SKCIIPECCUPYIOTCS
WUS/WOXS5, obecieunBaeT AM H0ONTyI0 KU3HB, HO, KaK
ToNbKO 3Kcmupeccus WUS/WOXS mpexpaimaercs, Bech
3anac CK takoit AM anddepeniupyercs B CrienuaIn3m-
POBaHHBIE KJIETKH, ¥ OHA MPEKpalIaeT CyleCTBOBAHHE.

JlarepanbpHbIe MepHCTEMBI (IpokamMOuii, kamOuit). Mx ocoben-
HOCTh — orcyTcTBre OLl mim 4ero-to Ha HUX ITOXOXKETro.
[Tyn CK B JIM nipezcTapisier coOOH O4eHb MPOTSIKEHHYIO
Y OJHOPOIHYIO TPYIIy (CJO¥); TONTOBpEMEHHAs KU3Hb
TaKUX MEPUCTEM OMPEACISCTCS HE COXPAHCHNUEM «SIapa»
(OID), xax B AM, a 1pyruM NPUHLIUIOM PEryJsIUU: CH-
ctema CLAVATA, pabotaromas B JIM, He orpaHn4mBa-
€T, a MOAJICP)KNBACT CTBOJIOBBIE KieTKH. Perymsarop JIM,
WOX4, otnruaetcs ot apyrux WOX Toii ke BeTBU U HE
MOYKET KOMITJIEMEHTHPOBATh moTepto ux ¢pynkuuu (Dolz-
blasz et al., 2016).

leHeTuKa passutua 453



CTBOMIOBbIE KNETKN pacTeHWUIA:
e[UHCTBO 1 MHOroobpasue

«HeomnpeneneHHbie» UM BPEMEHHBIE MEPUCTEMBI — Te€,
B KOTOPBIX OTCYTCTBYET 3Kcmpeccust TeHoB WOX. Otu
MEpPHUCTEMBI )KHUBYT Henonro (HeanddepeHIupoBaHHbINA
KOMIIAKTHBIH KaJuTyC, paHEeBON KaJIyC, IIEPULIUKIT), 3aTeM
OHM MO0 THOHYT, 160 TpaTaT cBoii 3amac CK, 6o B HUX
HauuHaeTcs 3kcnpeccus WOX, n OHH NpeBpaIIaloTCs B
KaKOW-JIOO 13 TUIIOB «JIOJNTOXKUBYILUX» MEpUCTEM. SIpKuit
NpUMep — NEPULIMKII, KOTOPbII MOXKET 1aBaTh Hadyano [TAM
pereHepupyonux moderos (Mpu MHAYKIMN SKCIPECCHN
wUS); KAM npumopaueB BK, mepucrembl ki1yOeHBKOB,
oIy xoJtH (TipH akTuBaI WOXY5), MEeXKITyIKOBOMY KaMOHIO
(Ut 3TOTO HA/IO HAYATH HKCIIpeccupoBate WOX4).
PasHble BapraHThI pa3BUTHSA MEPUCTEM B IIpe/iesiax IPyTIb]

MOTYT OTIpeaensaThes Apyrumu Td, puroropMmonamu, Apyru-

MU PEryasiTOpaMu, KOTOpbIe OYEHb PA3INYAIOTCS B Pa3HBIX

Mmepuctemax. Hanpumep, ITAM perynupyercss HTUTOKMHUHA-

mu 1 KNOX, a KAM — aykcunamu, PLT u SCR/SHR, xots

npuHuun ycrpoiictsa cucreM WOX-CLAVATA y Hux noutu

OJIMHAKOB.

bnarogapHocTn
HCCHGI{OB&HHG MEXaHMU3MOB NOAJACPKaHUA CTBOJIOBBIX KJIC-

TOK PacTeHHUN NMPOBOAUTCS NpU NoAepkKKe rpaHToB PODU
15-34-20071, 15-29-02737, 14-04-00591 n PH® 16-16-10011.

KoHdnuKT nHtepecos
ABTOpBI 3asBISIIOT 00 OTCYTCTBUHM KOH()IMKTA HHTEPECOB.

Cnncok nnTepaTtypbl

byszokuna U.C., JlyroBa JI.A. I'eHernueckas KoiuleKuus uUHOpen-
HBIX JMHUN pexuca: UcTopus U nepcrektussl. [eneruka. 2007;4:
1411-1423.

Bunorpagosa A.Il., Jlebenea M.A., Jlyroa JI.A. Mepucremaruue-
CKHE XapaKTePUCTHKH OIyXOJIeH, HHIYLMPOBAHHbBIX Agrobacterium
tumefaciens y ropoxa. I'eneruka. 2015;51(1):54-62.

JHonyesa U.E., 'anueBa M.C., OcunoBa M.A., TBoporosa B.E., JIyro-
Ba JI.A. JlarepanbHble MEpHCTEMBI BBICIINX PACTCHUIT: HUTOrOpMO-
HaJIbHBII U TEeHETHYECKUH KOHTpOIIb. Pusnonorus pacrenuii. 2014;
61(5):611-631.

VBanos B.b. [IpoGrnema CTBOJIOBBIX KJICTOK Yy pacTeHuid. OHTOreHes.
2003;34(4):243-261.

ViBanoB B.B. CTBOJIOBBIC KJIETKH B KOPHE U MTPOOJIEMa CTBOJIOBBIX Kile-
ToK y pactenuii. Ontorenes. 2007;38(6):406-419.

JlyroBa JL.A., Jonrux E.A., lonyesa W.E., Ocunosa M.A., Unbu-
Ha E.JI. 3y4yeHue cucTeMHOro KOHTPOIIS AefieHus i nuddepeHim-
POBKH KJIETOK PacTeHHI Ha IIPUMEpE OMyXOJIEBOT0 POCTa y pejuca.
I'enernka. 2008;44(8):1075-1083.

OcumioBa M.A., Jlonrux E.A., Jlyrosa JI.A. OcobeHHOCTH 3KCTIpeCcCUH
mepucrem-crienuduanoro rena WOXS npu opranoreHese KiyOeHb-
kOB 6000BbIX pactennii. OHTorenes. 2011;42(4):264-275.

Agusti J., Lichtenberger R., Schwarz M., Nehlin L., Greb T. Charac-
terization of transcriptome remodeling during cambium formation
identifies MOL1 and RULI1 as opposing regulators of secondary
growth. PLoS Genet. 2011;7(2):e1001312. DOI 10.1371/journal.
pgen.1001312.

Ahuja M.R. Genetic tumors in Nicotiana and other plants. Quart. Rev.
Biol. 1998;73:439-459.

Anzola J.M., Sieberer T., Ortbauer M., Butt H., Korbei B., Weinho-
fer 1., Miillner A.E., Luschnig C. Putative Arabidopsis transcrip-
tional adaptor protein (PROPORZ1) is required to modulate histone
acetylation in response to auxin. Proc. Natl Acad. Sci. USA. 2010;
107(22):10308-10313. DOI 10.1073/pnas.0913918107.

Ariel F., Brault-Hernandez M., Laffont C., Huault E., Brault M., Plet J.,
Moison M., Blanchet S., Ichanté J.L., Chabaud M., Carrere S., Cres-

454

BaBunnoBcKuii )KypHan reHeTukn n cenekuymm « 20 - 4 - 2016

W.E. lopyesa, B.E. TBoporosa
M. Azapaxuw, M.A. Jlebepnesa, J1.A. JlyToBa

pi M., Chan R.L., Frugier F. Two direct targets of cytokinin signaling
regulate symbiotic nodulation in Medicago truncatula. Plant Cell
Online. 2012;24(9):3838-3852. DOI 10.1105/tpc.112.103267.

Atta R., Laurens L., Boucheron-Dubuisson E., Guivarc’h A., Carne-
ro E., Giraudat-Pautot V., Rech P., Chriqui D. Pluripotency of Ara-
bidopsis xylem pericycle underlies shootregeneration from root and
hypocotyl explants grown in vitro. Plant J. 2009;57(4):626-644. DOI
10.1111/j.1365-313X.2008.03715..x.

Azarakhsh M., Kirienko A.N., Zhukov V.A., Lebedeva M.A., Dol-
gikh E.A., Lutova L.A. KNOTTED1-LIKE HOMEOBOX 3: a new
regulator of symbiotic nodule development. J. Exp. Bot. 2015;
66(22):7181-7195. DOI 10.1093/jxb/erv414.

Beeckman T., Burssens S., Inzé D. The peri-cell-cycle in Arabidopsis.
J. Exp. Bot. 2001;52:403-411.

Belles-Boix E., Hamant O., Witiak S.M., Morin H., Traas J., Pautot V.
KNAT6: an Arabidopsis homeobox gene involved in meristem activ-
ity and organ separation. Plant Cell. 2006;18(8):1900-1907.

Berckmans B., Vassileva V., Schmid S.P., Maes S., Parizot B., Naramo-
to S., Magyar Z., Alvim Kamei C.L., Koncz C., Bogre L., Persiau G.,
De Jaeger G., Friml J., Simon R., Beeckman T., De Veylder L. Aux-
in-dependent cell cycle reactivation through transcriptional regula-
tion of Arabidopsis E2Fa by lateral organ boundary proteins. Plant
Cell. 2011;23(10):3671-3683. DOI 10.1105/tpc.111.088377.

Betsuyaku S., Takahashi F., Kinoshita A., Miwa H., Shinozaki K., Fu-
kuda H., Sawa S. Mitogen-activated protein kinase regulated by the
CLAVATA receptors contributes to shoot apical meristem homeo-
stasis. Plant Cell Physiol. 2011;52:14-29. DOI 10.1093/pcp/pcql57.

Bishopp A., Help H., EI-Showk S., Weijers D., Scheres B., Friml J., Ben-
kova E., Midhonen A.P., Helariutta Y. A mutually inhibitory interac-
tion between auxin and cytokinin specifies vascular pattern in roots.
Curr. Biol. 20112;21:917-926. DOI 10.1016/j.cub.2011.04.017.

Bishopp A., Lehesranta S., Vatén A., Help H., EI-Showk S., Scheres B.,
Helariutta K., Mdhonen A.P., Sakakibara H., Helariutta Y. Phloem-
transported cytokinin regulates polarauxintransport and maintains
vascular pattern in the root meristem. Curr. Biol. 2011b;21(11):
927-932.

Blilou 1., Xu J., Wildwater M., Willemsen V., Paponov 1., Friml J.,
Heidstra R., Aida M., Palme K., Scheres B. The PIN auxin efflux
facilitator network controls growth and patterning in Arabidopsis
roots. Nature. 2005;433:39-44.

Boutilier K., Offringa R., Sharma V.K., Kieft H., Ouellet T., Zhang L.,
Hattori J., Liu C.-M., van Lammeren A.A.M., Miki B.L.A., Cus-
ters J.B., van Lookeren Campagne M.M. Ectopic expression of
BABY BOOM triggers a conversion from vegetative to embryonic
growth. Plant Cell. 2002;14:1737-1749.

Breuninger H., Rikirsch E., Hermann M., Ueda M., Laux T. Differ-
ential expression of WOX genes mediates apical-basal axis forma-
tion in the Arabidopsis embryo. Dev. Cell. 2008;14:867-876. DOI
10.1016/j.devcel.2008.03.008.

Busch W., Miotk A., Ariel E.D., Zhao Z., Forner J., Daum G., Suza-
ki T., Schuster C., Schultheiss S.J., Leibfried A., Haubeiss S., Ha N.,
Chan R.L., Lohmann J.U. Transcriptional control of a plant stem cell
niche. Dev. Cell. 2010;18(5):849-61.

Carlsbecker A., Lee J.Y., Roberts C.J., Dettmer J., Lehesranta S.,
Zhou J., Lindgren O., Moreno-Risueno M.A., Vaten A., Thitama-
dee S. Cell signalling by microRNA165/6 directs gene dose-de-
pendent root cell fate. Nature. 2010;465:316-321. DOI 10.1038/
nature08977.

Chalupowicz L., Barash 1., Panijel M., Sessa G., Manulis-Sasson S.
Regulatory interactions between quorum-sensing, auxin, cytokinin,
and the Hrp regulon in relation to gall formation and epiphytic fit-
ness of Pantoea agglomerans pv. gypsophilac. Mol. Plant Microbe
Interaction. 2009;22:849-856. DOI 10.1094/MPMI-22-7-0849.

Chang L., Ramireddy E., Schmiilling T. Cytokinin as a positional cue
regulating lateral root spacing in Arabidopsis. J. Exp. Bot. 2015;
66(15):4759-4768. DOI 10.1093/jxb/erv252.

Chen S.-K., Kurdyukov S., Kereszt A., Wang X.-D., Gresshoff P.M.,
Rose R.J. The association of homeobox gene expression with stem



Plant stem cells:
unity and diversity

cell formation and morphogenesis in cultured Medicago truncatula.
Planta. 2009;230:827-840. DOI 10.1007/s00425-009-0988-1.

Chen S., Lang P., Chronis D., Zhang S., De Jong W.S., Mitchum M.G.,
Wang X. In planta processing and glycosylation of a nematode
CLAVATA3/ENDOSPERM SURROUNDING REGION-like effec-
tor and its interaction with a host CLAVATA2-like receptor to pro-
mote parasitism. Plant Physiol. 2015;167(1):262-272. DOI 10.1104/
pp-114.251637.

Chuck C., Lincoln C., Hake S. KNAT1 induces lobed leaves with ecto-
pic meristems when overexpressed in Arabidopsis. Plant Cell. 1996;
8:1277-1289.

Chung K.R., Tzeng D.D. Biosynthesis of indole-3-acetic acid by the
gall-inducing fungus Ustillago esculenta. J. Biol. Sci. 2004;4:744-
750. DOI 10.3923/jbs.2004.744.750.

Crespi M., Frugier F. De novo organ formation from differentiated cells:
root nodule organogenesis. Sci. Signal. 2008;1(49). DOI 10.1126/
scisignal.149rel1.

Cruz-Ramirez A., Diaz-Trivifio S., Wachsman G., Du Y., Arteaga-
Vazquez M., Zhang H., Benjamins R., Blilou 1., Neef A.B., Chan-
dler V., Scheres B. ASCARECROW-RETINOBLASTOMA protein
network controls protective quiescence in the Arabidopsis Troot stem
cell organizer. PLoS Biol. 2013;11(11):e1001724. DOI 10.1371/
journal.pbio.1001724. DOI 10.1371/journal.pbio.1001724.

Cui H., Hao Y., Kovtun M., Stolc V., Deng X.W., Sakakibara H., Koji-
ma M. Genome-wide direct target analysis reveals a role for SHORT-
ROOT in root vascular patterning through cytokinin homeostasis.
Plant Physiol. 2011;157:1221-1231. DOI 10.1104/pp.111.183178.

De Almeida Engler J., Gheysen G. Nematode-induced endoreduplica-
tion in plant host cells: why and how? Mol. Plant Microbe Interact.
2013;6:17-24. DOI 10.1094/MPMI-05-12-0128-CR.

De Buck S., De Wilde C., Van Montagu M., Depicker A. Determination
of the T-DNA transfer and the T-DNA integration frequencies upon
cocultivation of Arabidopsis thaliana root explants. Mol. Plant Mi-
crobe Interact. 2000;13:658-665.

De Lillo E., Monfreda R. Salivary secretions’ of eriophyoids (Acari:
Eriophyoidea): first results of an experimental model. Exp. Appl.
Acarol. 2004;34(3-4):291-306.

De Rybel B., Vassileva V., Parizot B., Demeulenaere M., Grunewald W.,
Audenaert D., Van Campenhout J., Overvoorde P., Jansen L., Van-
neste S., Moller B., Wilson M., Holman T., Van Isterdael G., Brun-
oud G., Vuylsteke M., Vernoux T., De Veylder L., Inzé D., Wei-
jers D., Bennett M.J., Beeckman T. A novel Aux/IAA28 signaling
cascade activates GATA23-dependent specification of lateral root
founder cell identity. Curr. Biol. 2010;20:1697-1706. DOI 10.1016/j.
cub.2010.09.007.

De Smet I., Vanneste S., Inz¢é D., Beeckman T. Lateral root initiation
or the birth of a new meristem. Plant Mol. Biol. 2006;60:871-887.
Devos S., Laukens K., Deckers P., Van Der Straeten D., Beeckman T.,

Inzé D., Van Onckelen H., Witters E., Prinsen E. A hormone and
proteome approach to picturing the initial metabolic events during
Plasmodiophora brassicae infection on Arabidopsis. Mol. Plant Mi-

crobe Interact. 2006;19:1431-1443.

Dodueva L.E., Frolova N.V., Lutova L.A. Plant tumorigenesis: different
ways for shifting systemic control of plant cell division and differen-
tiation. Transgen. Plant J. 2007;1:3-24.

Dolzblasz A., Nardmann J., Clerici E., Causier B., van der Graaff E.,
Chen J., Davies B., Werr W., Laux T. Mol. Plant. 2016; pii: S1674-
2052(16)30029-6. DOI 10.1016/j.molp.2016.04.007.

Dubrovsky J.G., Doerner P.W., Colén-Carmona A., Rost T.L. Pericycle
cell proliferation and lateral root initiation in Arabidopsis. Plant
Physiol. 2000;124:1648-1657.

Emery J.F., Floyd S.K., Alvarez J., Eshed Y., Hawker N.P., Izhaki A.,
Baum S.F., Bowman J.L. Radial patterning of Arabidopsis shoots by
class III HD-ZIP and KANADI genes. Curr. Biol. 2003;13:1768-1774.

Etchells J.P., Provost C.M., Mishra L., Turner S.R. WOX4 and WOX14
act downstream of the PXY receptor kinase to regulate plant vascu-
lar proliferation independently of any role in vascular organization.
Development. 2013;140:2224-2234. DOI 10.1242/dev.091314.

2016
20-4

I.E. Dodueva, V.E. Tvorogova
M. Azarakhsh, M.A. Lebedeva, L.A. Lutova

Etchells J.P., Provost C.M., Turner S.R. Plant vascular cell division is
maintained by an interaction between PXY and ethylene signalling.
PLoS Gen. 2012;8(11):¢1002997.

Etchells J.P., Turner S.R. The PXY-CLE41 receptor ligand pair de-
fines a multifunctional pathway that controls the rate and orienta-
tion of vascular cell division. Development. 2010;137:767-774. DOI
10.1242/dev.044941.

Feldman L.J. The de novo Origin of the Quiescent Center Regener-
ating Root Apices in Zea mays. Planta. 1976;128(3):207-212. DOI
10.1007/BF00393230.

Fiers M., Hause G., Boutilier K., Casamitjana-Martinez E., Weijers D.,
Offringa R., van der Geest L., van Lookeren Campagne M., Liu C.M.
Mis-expression of the CLV3/ESR-like gene CLE19 in Arabidop-
sis leads to a consumption of root meristem. Gene. 2004;327(1):
37-49.

Fisher K., Turner S. PXY, a receptor-like kinase essential for maintain-
ing polarity during plant vascular-tissue development. Curr. Biol.
2007;17:1061-1066.

Frank M., Guiv’Arch A., Krupkova E., Lorenz-Meyer 1., Chriqui D.,
Schmulling T. TUMOROUS SHOOT DEVELOPMENT (TSD)
genes are required for co-ordinated plant shoot development. Plant
J.2002;29:73-85.

Gagne J.M., Clark S.E. The Arabidopsis stem cell factor POLTER-
GEIST is membrane localized and phospholipid stimulated. Plant
Cell. 2010;22:729-743. DOI 10.1105/tpc.109.068734.

Gallois J.-L., Nora F.R., Mizukami Y., Sablowski R. WUSCHEL in-
duces shoot stem cell activity and developmental plasticity in the
root meristem. Gen. Dev. 2004;18:375-380.

Gambino G., Minuto M., Boccacci P., Perrone I., Vallania R., Gri-
baudo I. Characterization of expression dynamics of WOX home-
odomain transcription factors during somatic embryogenesis in Vitis
vinifera. J. Exp. Bot. 2011;62:1089-1101. DOI 10.1093/jxb/erq349.

Garfinkel D.J., Simpson R.B., Ream L.W., White F.F., Gordon M.P.,
Nester E.W. Genetic analysis of crown gall: fine structure map of
the T-DNA by site-directed mutagenesis. Cell. 1981;27(1 Pt 2):
143-153.

Giron D., Glevarec G. Cytokinin-induced phenotypes in plant-insect
interactions: learning from the bacterial world. J. Chem. Ecol.
2014;40(7):826-835. DOI 10.1007/510886-014-0466-5.

Glass N.L., Kosuge T. Role of indoleacetic acid-lysine synthetase in
regulation of indoleacetic acid pool size and virulence of Pseu-
domonas syringae subsp. savastanoi. J. Bacteriol. 1988;170(5):
2367-2373.

Gonzalez-Rizzo S., Crespi M., Frugier F. The Medicago truncatula
CRE1 cytokinin receptor regulates lateral root development and
early symbiotic interaction with Sinorhizobium meliloti. Plant Cell
Online. 2006;18(10):2680-2693.

Gongzali S., Novi G., Loreti E., Paolicchi F., Poggi A., Alpi A., Perata P.
A turanose-insensitive mutant suggests a role for WOXS in auxin
homeostasis in Arabidopsis thaliana. Plant J. 2005;44:633-645.

Gursanscky N.R., Jouannet V., Griinwald K., Sanchez P., Laaber-
Schwarz M., Greb T. MOL is required for cambium homeostasis in
Arabidopsis. Plant J. 2016;17. DOI 10.1111/tpj.13169.

Haecker A., Gross-Hardt R., Geiges B., Sarkar A., Breuninger H., Her-
rmann M., Laux T. Expression dynamics of WOX genes mark cell
fate decisions during early embryonic patterning in Arabidopsis
thaliana. Development. 2004;131(3):657-668.

Heidstra R., Sabatini S. Plant and animal stem cells: similary et differ-
ent. Nat. Rev. Mol. Cell Biol. 2014;15(5):301-312. DOI 10.1038/
nrm3790.

Hinsch J., Vrabka J., Oeser B., Novak O., Galuszka P., Tudzynski P.
De novo biosynthesis of cytokinins in the biotrophic fungus Clavi-
cepspurpurea. Environ. Microbiol. 2015;17(8):2935-2951. DOI
10.1111/1462-2920.12838.

Hirakawa Y., Kondo Y., Fukuda H. TDIF peptide signaling regulates
vascular stem cell proliferation via the WOX4 homeobox gene in
Arabidopsis. Plant Cell. 2010;22:2618-2629. DOI 10.1105/tpc.110.
076083.

leHeTuKa pa3BuTUA

455



CTBOMIOBbIE KNETKN pacTeHWUIA:
e[UHCTBO 1 MHOroobpasue

Hirakawa Y., Shinohara H., Kondo Y., Inoue A., Nakanomyo 1., Oga-
wa M., Sakagami Y. Non-cell-autonomous control of vascular stem
cell fate by a CLE peptide/receptor system. Proc. Natl Acad. Sci.
USA. 2008;105:15208-15213. DOI 10.1073/pnas.0808444105.

Hobe M., Muller R., Grunewald M., Brand U., Simon R. Loss of
CLEA40, a protein functionally equivalent to the stem cell restrict-
ing signal CLV3, enhances root waving in Arabidopsis. Dev. Genes
Evol. 2003;213:371-381.

Huang G.Z., Dong R.H., Allen R., Davis E.L., Baum T.J., Hussey R.S.
A root-knot nematode secretory peptide functions as a ligand for a plant
transcription factor. Mol. Plant Microbe Interact. 2006;19:463-470.

Ikeuchi M., Sugimoto K., Iwase A. Plantcallus: mechanisms of in-
duction and repression. Plant Cell. 2013;25(9):3159-3173. DOI
10.1105/tpe.113.116053.

Ilegems M., Douet V., Meylan-Bettex M., Uyttewaal M., Brand L.,
Bowman J.L., Stieger P.A. Interplay of auxin, KANADI and
Class III HD-ZIP transcription factors in vascular tissue formation.
Development. 2010;137(6):975-984. DOI 10.1242/dev.047662.

Intrieri M.C., Buiatti M. The horizontal transfer of Agrobacterium rhi-
zogenes genes and the evolution of the genus Nicotiana. Mol. Phylo-
gen. Evol. 2001;20:100-110.

Ito Y., Nakanomyo 1., Motose H., Iwamoto K., Sawa S., Dohmae N.,
Fukuda H. Dodeca-CLE peptides as suppressors of plant stem cell
differentiation. Science. 2006;313:842-845.

Jasinski S., Piazza P, Craft J., Hay A., Woolley L., Rieu I., Phillips A.,
Hedden P., Tsiantis M. KNOX action in Arabidopsis is mediated by
coordinate regulation of cytokinin and gibberellin activities. Curr.
Biol. 2005;15:1560-1565.

JiJ., Shimizu R., Sinha N., Scanlon M.J. Analyses of WOX4 transgen-
ics provide further evidence for the evolution of the WOX gene fam-
ily during the regulation of diverse stem cell functions. Plant Signal
Behav. 2010b;5(7):916-920. DOI 10.1104/pp.109.149641.

JiJ., Strable J., Shimizu R., Koenig D., Sinha N., Scanlon M.J. WOX4
promotes procambial development. Plant Physiol. 2010a;152(3):
1346-1356. DOI 10.1104/pp.109.149641.

Jiang F., Feng Z., Liu H., Zhu J. Involvement of plant stem cells or stem
cell-like cells in dedifferentiation. Front. Plant Sci. 2015;6:1028.
DOI 10.3389/pls.2015.01028.

Klimaszewska K., Overton C., Stewart D., Rutledge R.G. Initiation
of somatic embryos and regeneration of plants from primordial
shoots of 10-year-old somatic white spruce and expression pro-
files of 11 genes followed during the tissue culture process. Planta.
2011;233:635-647. DOI 10.1007/s00425-010-1325-4.

Kondo T., Sawa S., Kinoshita A., Mizuno S., Kakimoto T., Fukuda H.,
Sakagami Y. A plant peptide encoded by CLV3 identified by in situ
MALDI-TOF MS analysis. Science. 2006;313:845-848.

Kosan C., Godmann M. Genetic and epigenetic mechanisms that main-
tain hematopoietic stem cell function. Stem Cells Int. 2016;2016:
5178965. DOI 10.1155/2016/5178965.

Kosugi S., Ohashi Y. Constitutive E2F expression in tobacco plants ex-
hibits altered cell cycle control and morphological change in a cell
type-specific manner. Plant Physiol. 2003;132(4):2012-2022.

Krupkova E., Schmiilling T. Developmental consequences of the tu-
morous shoot development] mutation, a novel allele of the cellu-
lose-synthesizing KORRIGAN1 gene. Plant Mol. Biol. 2009;71(6):
641-655. DOI 10.1007/s11103-009-9546-2.

Kurdyukov S., Song Y., Sheahan M.B., Rose R.J. Transcriptional regu-
lation of early embryo development in the model legume Medicago
truncatula. Plant Cell Rep. 2014;33:349-362. DOI 10.1007/s00299-
013-1535-x.

Lebedeva (Osipova) M.A., Tvorogova V.E., Vinogradova A.P., Ganche-
va M.S., Azarakhsh M., Ilina E.L., Demchenko K.N., Dodueva L.E.,
Lutova L.A. Initiation of spontaneous tumors in radish (Raphanus
sativus): cellular, molecular and physiological events. J. Plant Physi-
ol. 2015;173:97-104. DOI 10.1016/j.jplph.2014.07.030.

Lee J.H., Kim D.M., Lim Y.P,, Pai H.S. The shooty callus induced by
suppression of tobacco CHRK1 receptor-like kinase is a phenocopy
of the tobacco genetic tumor. Plant Cell Rep. 2004;23(6):397-403.

456

BaBunnoBcKuii )KypHan reHeTukn n cenekuymm « 20 - 4 - 2016

W.E. lopyesa, B.E. TBoporosa
M. Azapaxuw, M.A. Jlebepnesa, J1.A. JlyToBa

Leibfried A., To J.P., Busch W., Stehling S., Kehle A., Demar M.,
Kieber J.J., Lohmann J.U. WUSCHEL controls meristem function
by direct regulation of cytokinin-inducible response regulators. Na-
ture. 2005;438:1172-1175.

Lenhard M., Laux T. Stem cell homeostasis in the Arabidopsis shoot
meristem is regulated by intercellular movement of CLAVATA3 and
its sequestration by CLAVATAI1. Development. 2003;130:3163-
3173.

Lin H., Niu L., McHale N.A., Ohme-Takagi M., Mysore K.S., Tadege
M. Evolutionarily conserved repressive activity of WOX proteins
mediates leaf blade outgrowth and floral organ development in
plants. Proc. Natl Acad. Sci. USA. 2013;110(1):366-371.

LiulJ.,, Sheng L., Xu'Y., LiJ., Yang Z., Huang H., Xu L. WOX11I and 12
are involved in the first-step cell fate transition during de novo root
organogenesis in Arabidopsis. Plant Cell. 2014;26:1081-1093. DOI
10.1105/tpc.114.122887.

Long J.A., Moan E.I., Medford J.J., Barton M.K. A member of the
KNOTTED class of homeodomain proteins encoded by the SHOOT-
MERISTEMLESS gene of Arabidopsis. Nature. 1996;379:66-69.

Lotan T., Ohto M., Yee K.M., West M.A.L., Lo R., Kwong R.W., Ya-
magishi K., Fischer R.L., Goldberg R.B., Harada J.J. Arabidopsis
LEAFY COTYLEDONTI is sufficient to induce embryo develop-
ment in vegetative cells. Cell. 1998;93:1195-1205.

Lu S.W.,, Chen S., Wang J., Yu H., Chronis D., Mitchum M.G., Wang X.
Structural and functional diversity of CLAVATA3/ESR (CLE)-like
genes from the potato cyst nematode Globodera rostochiensis.
Mol. Plant Microbe Interact. 2009;22(9):1128-1142. DOI 10.1094/
MPMI-22-9-1128.

Mihonen A.P., Bonke M., Kauppinen L., Riikonen M., Benfey P.N.,
Helariutta Y. A novel two-component hybrid molecule regulates vas-
cular morphogenesis of the Arabidopsis root. Gen. Dev. 2000;14(23):
2938-2943.

Mihonen A.P., Higuchi M., Tormékangas K., Miyawaki K., Pisch-
ke M.S., Sussman M.R., Helariutta Y., Kakimoto T. Cytokinins
regulate a bidirectional phosphorelay network in Arabidopsis. Curr.
Biol. 2006;16:1116-1122.

Mathesius U., Weinman J.J., Rolfe B.J., Djordjevic M.A. Rhizobia can
induce nodules in white clover by “hijacking” mature cortical cells
activated during lateral root development. Mol. Plant Microbe Inter-
act. 2000;13:170-182.

Matveeva T.V., Frolova N.V., Smets R., Dodueva L.E., Buzovkina L.S.,
Van Onckelen H., Lutova L.A. Hormonal control of tumor formation
in radish. J. Plant Growth Regul. 2004;23:37-43.

Mayer K.F., Schoof H., Haecker A., Lenhard M., Jurgens G., Laux T.
Role of WUSCHEL in regulating stem cell fate in the Arabidopsis
shoot meristem. Cell. 1998;95(6):805-815.

Mohrin M., Bourke E., Alexander D., Warr M.R., Barry-Holson K., Le
Beau M.M., Morrison C.G., Passegué E. Hematopoietic stem cell
quiescence promotes error-prone DNA repair and mutagenesis. Cell
Stem Cell. 2010;7(2):174-185. DOI 10.1016/j.stem.2010.06.014.

Mortier V., Den Herder G., Whitford R., Van de Velde W., Rombauts S.,
D’Haeseleer K., Holsters M., Goormachtig S. CLE peptides con-
trol Medicago truncatula nodulation locally and systemically. Plant
Physiol. 2010;153:222-237. DOI 10.1104/pp.110.153718.

Nardmann J., Reisewitz P., Werr W. Discrete shoot and root stem cell-
promoting WUS/WOXS5 functions are an evolutionary innovation of
angiosperms. Mol. Biol. Evol. 2009;26:1745-1755. DOI 10.1093/
molbev/msp084.

Nardmann J., Werr W. Symplesiomorphies in the WUSCHEL clade
suggest that the last common ancestor of seed plants contained at
least four independent stem cell niches. New Phytologist. 2013;199:
1081-1092. DOI 10.1111/nph.12343.

Ohmori Y., Tanaka W., Kojima M., Sakakibara H., Hirano H.Y. WUS-
CHEL-RELATED HOMEOBOX4 is involved in meristem mainte-
nance and is negatively regulated by the CLE gene FCP1 in rice.
Plant Cell. 2013;25(1):229-241.

Oka-Kira E., Kawaguchi M. Long-distance signaling to control root
nodule number. Curr. Opinion Plant Biol. 2006;9:496-502.



Plant stem cells:
unity and diversity

Okamoto S., Ohnishi E., Sato S., Takahashi H., Nakazono M., Ta-
bata S., Kawaguchi M. Nod factor/nitrate-induced CLE genes that
drive HAR1-mediated systemic regulation of nodulation. Plant Cell
Physiol. 2009;50(1):67-77. DOI 10.1093/pcp/pen194.

Okushima Y., Fukaki H., Onoda M., Theologis A., Tasaka M. ARF7 and
ARF19 regulate lateral root formation via direct activation of LBD/
ASL genes in Arabidopsis. Plant Cell. 2007;19(1):118-130.

Okushima Y., Mitina I., Quach H.L., Theologis A. AUXIN RESPONSE
FACTOR 2 (ARF2): a pleiotropic developmental regulator. Plant J.
2005;43:29-46.

Op den Camp R.H., De Mita S., Lillo A., Cao Q., Limpens E., Bissel-
ing T., Geurts R. A phylogenetic strategy based on a legume-spe-
cific whole genome duplication yields symbiotic cytokinin type-A
response regulators. Plant Physiol. 2011;157(4):2013-2022. DOI
10.1104/pp.111.187526.

Osipova M.A., Mortier V., Demchenko K.N., Tsyganov V.E., Tikho-
novich I.A., Lutova L.A., Dolgikh E.A., Goormachtig S. WUS-
CHEL-RELATED HOMEOBOXS5 gene expression and interaction
of CLE peptides with components of the systemic control add two
pieces to the puzzle of autoregulation of nodulation. Plant Physiol.
2012;158:1329-1341. DOI 10.1104/pp.111.188078.

Palovaara J., Hallberg H., Stasolla C., Luit B., Hakman I. Expression
of a gymnosperm PIN homologous gene correlates with auxin im-
munolocalization pattern at cotyledon formation and in demarcation
of the procambium during Picea abies somatic embryo develop-
ment and in seedling tissues. Tree Physiol. 2010;30:479-489. DOI
10.1093/treephys/tpp126.

Parizot B., Laplaze L., Ricaud L., Boucheron-Dubuisson E., Bayle V.,
Bonke M., De Smet I., Poethig S.R., Helariutta Y., HaseloftJ.,
Chriqui D., Beeckman T., Nussaume L. Diarch symmetry of the vas-
cular bundle in Arabidopsis root encompasses the pericycle and is
reflected in distich lateral root initiation. Plant Physiol. 2008;146:
140-148.

Parizot B., Roberts 1., Raes J., Beeckman T., De Smet 1. /n silico analy-
ses of pericycle cell populations reinforce their relation with associ-
ated vasculature in Arabidopsis. Philos. Trans. Royal Soc. B. Biol.
Sci. 2012;367:1479-1488. DOI 10.1098/rstb.2011.0227.

Pautot V., Dockx J., Hamant O., Kronenberger J., Grandjean O.,
Jublot D., Traas J. KNAT2: evidence for a link between knotted-like
genes and carpel development. Plant Cell. 2001;13(8):1719-1734.

Plet J., Wasson A., Ariel F., Le Signor C., Baker D., Mathesius U.,
Crespi M., Frugier F. MtCRE1-dependent cytokinin signaling inte-
grates bacterial and plant cues to coordinate symbiotic nodule or-
ganogenesis in Medicago truncatula. Plant J. 2011;65(4):622-633.
DOI 10.1111/5.1365-313X.2010.04447 x.

Reineke G., Heinze B., Schirawski J., Buettner H., Kahmann R.,
Basse C.W. Indole-3-acetic acid (IAA) biosynthesis in the smut fun-
gus Ustilagomaydis and its relevance for increased IAA levels in
infected tissue and host tumour formation. Mol. Plant Pathol. 2008;
9:339-355.

Replogle A., Wang J., Bleckmann A., Hussey R.S., Baum T.J., Sawa S.,
Davis E.L., Wang X., Simon R., Mitchum M.G. Nematode CLE sig-
naling in Arabidopsis requires CLAVATA2 and CORYNE. Plant J.
2011;65:430-440. DOT 10.1111/j.1365-313X.2010.04433 .x.

Santiago J., Henzler C., Hothorn M. Molecular mechanism for plant
steroid receptor activation by somatic embryogenesis co-receptor ki-
nases. Science. 2013;341:889-892. DOI 10.1126/science.1242468.

Sarkar A.K., Luijten M., Miyashima S., Lenhard M., Hashimoto T.,
Nakajima K., Scheres B., Heidstra R., Laux T. Conserved factors
regulate signalling in Arabidopsis thaliana shoot and root stem cell
organizers. Nature. 2007;446(7137):811-814.

Scheres B., Wolkenfelt H., Willemsen V., Terlouw M., Lawson E.,
Dean C., Weisbeek P. Embryonic origin of the Arabidopsis primary
root and root meristem initials. Development. 1994;120:2475-2487.

Schnabel E., Journet E.P., de Carvalho-Niebel F., Duc G., Frugoli J. The
Medicago truncatula SUNN gene encodes a CLV 1-like leucine-rich
repeat receptor kinase that regulates nodule number and root length.
Plant Mol. Biol. 2005;58(6):809-822.

2016
20-4

I.E. Dodueva, V.E. Tvorogova
M. Azarakhsh, M.A. Lebedeva, L.A. Lutova

Schofield R. The relationship between the spleen colony-forming cell
and the haemopoietic stem cell. Blood Cells. 1978;4:7-25.

Schoof H., Lenhard M., Haecker A., Mayer K.F., Jirgens G., Laux T.
The stem cell population of Arabidopsis shoot meristems is main-
tained by a regulatory loop between the CLAVATA and WUSCHEL
genes. Cell. 2000;100:635-644.

Schrader J., Nilsson J., Mellerowicz E., Berglund A., Nilsson P., Hertz-
berg M., Sandberg G. A high-resolution transcript profile across the
wood-forming meristem of poplar identifies potential regulators of
cambial stem cell identity. Plant Cell. 2004;16:2278-2292.

Searle I.R., Men A.E., Laniya T.S., Buzas D.M., Iturbe-Ormaetxe I.,
Carroll B.J., Gresshoff P.M. Long-distance signaling in nodula-
tion directed by a CLAVATA 1-like receptor kinase. Science. 2003;
299:109-112.

Sieberer T., Hauser M.T., Seifert G.J., Luschnig C. PROPORZ1, a pu-
tative Arabidopsis transcriptional adaptor protein, mediates auxin
and cytokinin signals in the control of cell proliferation. Curr. Biol.
2003;13:837-842.

Skoog F., Miller C.O. Chemical regulation of growth and organ forma-
tion in plant tissues cultured in vitro. Symp. Soc. Exp. Biol. 1957;11:
118-130.

Stahl Y., Wink R.H., Ingram G.C., Simon R. A signaling module con-
trolling the stem cell niche in Arabidopsis root meristems. Curr.
Biol. 2009;19:909-914. DOI 10.1016/j.cub.2009.03.060.

Su Y.H., Liu Y.B., Bai B., Zhang X.S. Establishment of embryonic
shoot-root axis is involved in auxin and cytokinin response dur-
ing Arabidopsis somatic embryogenesis. Front. Plant Sci. 2015;
14(5):792.

Su Y.H., Zhao X.Y., Liu Y.B., Zhang C.L., O’Neill S.D., Zhang X.S.
Auxin-induced WUS expression is essential for embryonic stem
cell renewal during somatic embryogenesis in Arabidopsis. Plant J.
2009;59(3):448-460. DOT 10.1111/j.1365-313X.2009.03880.x.

Suer S., Agusti J., Sanchez P., Schwarz M., Greb TWOX4 imparts aux-
in responsiveness to cambium cells in Arabidopsis. Plant Cell. 2011;
23:3247-3259. DOI 10.1105/tpc.111.087874.

Sugimoto K., Jiao Y., Meyerowitz E.M. Arabidopsis regeneration from
multiple tissues occurs via a root development pathway. Dev. Cell.
2010;18(3):463-471. DOI 10.1016/j.devcel.2010.02.004.

Suzaki T., Yano K., Ito M., Umehara Y., Suganuma N., Kawaguchi M.
Positive and negative regulation of cortical cell division during root
nodule development in Lotus japonicus is accompanied by auxin
response. Development. 2012;139(21):3997-4006. DOI 10.1242/
dev.084079.

Testone G., Bruno L., Condello E., Chiappetta A., Bruno A., Mele G.,
Tartarini A., Spano L., Innocenti A.M., Mariotti D., Bitonti M.B.,
Giannino D. Peach [Prunuspersica (L.) Batsch] KNOPE], a class 1
KNOX orthologue to Arabidopsis BREVIPEDICELLUS/KNATT, is
misexpressed during hyperplasia of leaf curl disease. J. Exp. Bot.
2008;59:389-402.

Timmers A., Auriac M.-C., Truchet G. Refined analysis of early sym-
biotic steps of the Rhizobium-Medicago interaction in relationship
with microtubular cytoskeleton rearrangements. Development.
1999;126(16):3617-3628.

Tooker J.F., Helms A.M. Phytohormone dynamics associated with gall
insects, and their potential role in the evolution of the gall-inducing
habit. J. Chem. Ecol. 2014;40(7):742-753. DOI 10.1007/s10886-
014-0457-6.

Trotochaud A.E., Hao T., Wu G., Yang Z., Clark S.E. The CLAVATA1
receptor-like kinase requires CLAVATA3 for its assembly into a sig-
naling complex that includes KAPP and a Rho-related protein. Plant
Cell. 1999;11:393-406.

Trumpp A., Essers M., Wilson A. Awakening dormant haematopoietic
stem cells. Nat. Rev. Immunol. 2010;10(3):201-209. DOI 10.1038/
nri2726.

Ueda M., Zhang Z., Laux T. Transcriptional activation of Arabidop-
sis axis patterning genes WOXS8/9 links zygote polarity to embryo
development. Dev. Cell. 2011;15:264-270. DOI 10.1016/j.devcel.
2011.01.009.

leHeTuKa pa3BuTUA

457



CTBOMIOBbIE KNETKN pacTeHWUIA:
e[UHCTBO 1 MHOroobpasue

Ullrich C.I., Aloni R. Vascularization is a general requirement for
growth of plant and animal tumours. J. Exp. Bot. 2000;51(353):1951-
1960.

Van der Graaff E., Laux T., Rensing S.A. The WUS homeobox-con-
taining (WOX) protein family. Gen. Biol. 2009;10(12):248. DOI
10.1186/gb-2009-10-12-248.

Vandeputte O., Oden S., Mol A., Vereecke D., Goethals K., El Jazi-
ri M., Prinsen E. Biosynthesis of auxin by the gram-positive phy-
topathogen Rhodococcus fascians is controlled by compounds spe-
cific to infected plant tissues. Appl. Environ. Microbiol. 2005;71:
1169-1177.

Vanstraelen M., Baloban M., Da Ines O., Cultrone A., Lammens T.,
Boudolf V., Brown S.C., De Veylder L., Mergaert P., Kondorosi E.
APC/C-CCS52A complexes control meristem maintenance in the
Arabidopsis root. Proc. Natl Acad. Sci. USA. 2009;106(28):11806-
11811. DOI 10.1073/pnas.0901193106.

Veselov D., Langhans M., Hartung W., Aloni R., Feussner 1., Gotz C.,
Veselova S., Schlomski S., Dickler C., Bichmann K., Ullrich C.I.
Development of Agrobacterium tumefaciens C58-induced plant
tumors and impact on host shoots are controlled by a cascade of
jasmonic acid, auxin, cytokinin, ethylene and abscisic acid. Planta.
2003;216(3):512-522.

Wang J., Replogle A., Hussey R., Baum T., Wang X., Davis E.L., Mit-
chum M.G. Identification of potential host plant mimics of CLA-
VATA3/ESR (CLE)-like peptides from the plant-parasitic nematode
Heterodera schachtii. Mol. Plant Pathol. 2011;12(2):177-186.

Wang X., Mitchum M.G., Gao B., Li C., Diab H., Baum T.J., Hus-
sey R.S., Davis E.L. A parasitism gene from a plant-parasitic nema-
tode with function similar to CLAVATA/ESR (CLE) of Arabidopsis
thaliana. Mol. Plant Pathol. 2005;6:187-191.

458

BaBunnoBcKuii )KypHan reHeTukn n cenekuymm « 20 - 4 - 2016

W.E. lopyesa, B.E. TBoporosa
M. Azapaxuw, M.A. Jlebepnesa, J1.A. JlyToBa

Whitford R., Fernandez A., De Groodt R., Ortega E., Hilson P. Plant
CLE peptides from two distinct functional classes synergisti-
cally induce division of vascular cells. Proc. Natl Acad. Sci. USA.
2008;105:18625-18630.

Wilson A., Laurenti E., Oser G., van der Wath R.C., Blanco-Bose W.,
Jaworski M., Offner S., Dunant C.F., Eshkind L., Bockamp E.,
Li6 P., Macdonald H.R., Trumpp A. Hematopoietic stem cells re-
versibly switch from dormancy to self-renewal during homeostasis
and repair. Cell. 2008;135(6):1118-1129.

Yadav R.K., Perales M., Gruel J., Girke T., Jonsson H., Reddy G.V.
WUSCHEL protein movement mediates stem cell homeostasis in
the Arabidopsis shoot apex. Gen. Dev. 2011;25:2025-2030. DOI
10.1101/gad.17258511.

Yanai O., Shani E., Dolezal K., Tarkowski P., Sablowski R., Sand-
berg G., Samach A., Ori N. Arabidopsis KNOXI proteins activate
cytokinin biosynthesis. Curr. Biol. 2005;15:1566-1571.

Zhang F., Wang Y., Li G., Tang Y., Kramer E.M., Tadege M. STENOFO-
LIA recruits TOPLESS to repress ASYMMETRIC LEAVES? at the
leaf margin and promote leaf blade outgrowth in Medicago truncat-
ula. Plant Cell. 2014;26(2):650-664. DOI 10.1105/tpc.113.121947.

Zheng Q., Zheng Y., Perry S.E. AGAMOUS-Likel5 promotes somatic
embryogenesis in Arabidopsis and soybean in part by the control of
ethylene biosynthesis and response. Plant Physiol. 2013;161:2113-
2127.DOI 10.1104/pp.113.216275.

Zhou Y., Liu X., Engstrom E.M., Nimchuk Z.L., Pruneda-Paz J.L.,
Tarr P.T., Yan A., Kay S.A., Meyerowitz E.M. Control of plant stem
cell function by conserved interacting transcriptional regulators. Na-
ture. 2015;517(7534):377-380. DOI 10.1038/nature13853.

Zimmerman J.L. Somatic Embryogenesis: A model for early develop-
ment in higher plants. Plant Cell. 1993;5(10):1411-1423.



