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IIpencraBieH KpaTKuii 0030p JTaHHBIX IO MOJEKYISIPHON OMOJIOTMU CTBOJIOBBIX KJIETOK, 00Opa3yIOIINX Me-
pucteMbl U UddepeHIMPYIOIINXCS B pa3IMYHbIe OpTraHbl MOKPHITOCEMEHHBIX pacTeHUi. CpaBHUBAIOTCS
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DBOJIIOLIMST MHOTOKJIETOYHBIX PACTEHUI M KUBOT-
HBIX IIPOUCXOMJIA HE3aBUCUMO, U, KaK CJICACTBYUE, CTa-
IUY Pa3BUTHUSI U OIPEAC/ISIONIINE MX MOJIEKYISIpHEIC
MEXaHU3MBbI CTaJIM CYIIIECTBEHHO pa3IndaThCs CO Bpe-
MEHMU MocJIeAHero obiero npenka. Ha ¢poHe orpoMHoit
SBOJIIOLIMOHHON MUCTAHIINU KAXKETCSl YANBUTCILHBIM,
YTO KOHIIETILMSI CTBOJIOBBIX KJIETOK 1 TaXKe OU3alH CH-
CTEM CTBOJIOBBIX KJIETOK MMEIOT OIpEeAeICHHOE CXOJI-
CTBO B 9TuX HapcTBax [ 1—4]. Tem He MeHee, pa3uJus B
o0paze XKM3HU pacTeHUI 1 XMBOTHBIX IIPUBEJIN K M0~
SIBJICHUIO XapaKTepHBIX OCOOCHHOCTEN peryssiiuu
(YHKIIMOHMPOBAHMSI CTBOJIOBBIX KJIETOK, YTO CTajio
MPUIMHOM IIPOBEICHUS MHOXKECTBAa CPaBHUTEJIBHBIX
rccenoBaHuil. PacTeHUsIM, ICTIOJIB3YIOILIUM JIJIST KU 3-
HY COJIHEUHYIO SHEPTUIO, HEe HYXXHO OXOTUTBCSI, KaK
KMBOTHBIM, HO HEOOXOIMO MAaKCUMAJIBHO YBEJIMYUTD
rIomanb noBepxHoct. OHU, KaK U KUBOTHBIE, CTaJI-
KMBAIOTCS C YCIOBUSIMU, PE3KO MEHSIIOIIMMMUCS B TeUe-
HUE Tofa, ¢ KOHKYpPEHIIMEeil, aTaKaMid TPaBOSITHBIX U
00JIe3HSIMU, U BCE BTO MPU OTCYTCTBUM BO3MOXKHOCTHU
MePEeIBIDKEHUS IJT1 BEIOOpA JIYYIINUX YCJIIOBU SKU3HU.
B mpoiiecce sBomonmy 3t¥ Ipo0JIeMbl ObLIN PEIIEHBI
B pe3yJibTaTe NOSBICHUS Y PACTEHU CITOCOOHOCTH K
¢GopMHUPOBAHUIO OPTAHOB 1 X pereHepaly Ha IIpo-
TSDKEHUM BCETO XKM3HEHHOTO 1IMKJIa, HEIPEeB30MICH-
HOM TTaCTUYHOCTU B pocTe U opMe. B ocHOBe 3TOI
CTpaTeTMH Pa3BUTHUS JIeXaT IOCTOSHHO aKTUBHEIC
TPYMIIBI IUTIOPUIIOTEHTHBIX CTBOJIOBBIX KJIETOK, pac-
MOJIOKEHHBIX B 0COOBIX HUIIIAX, HAXOASIIUXCS B CIIe-
UaIbHBIX TKAHSIX, HAa3BaHHBIX MepucTeMaMu. Pac-
MMOJIOKEHHBIE B TOYKAX POCTA PACTEHUSI MEPUCTEMBI

MPOAYLUPYIOT KJIETKH, Ubs CyIb0a OIpeaessieTcs Imo-
JIOXKEHMEM U MOXET “Ha JIeTy”” U3MEHUTHCS B COOTBET-
CTBUU C TpeOOBAHUSIMU, TUKTYEMBIMU OKPYXKalOIeit
cpenoil mim cragueil pasButus [5]. pyras BakHas
dyHIaMeHTaJIbHAsE OCOOEHHOCTb PACTEHUM — OTCYT-
CTBUE LIEHTPAJU30BAHHOM CHUCTEMbI MEXaHWYEeCKOI
NoaAepKKN opranusmMa. B otamune ot 00JbIIMHCTBA
KMBOTHBIX, Ybe TEJIO ITOMICPKMUBACTCS 3K30- WJIM IH-
JIOCKeneToM, (hopMa U CTPYKTYpHasl LIEJIOCTHOCTh pac-
TEHUId OOYCJIOBIICHbI PUTUIHBIMU KJIETOYHBIMU 00O-
JIOUYKaMU (CTeHKaMM), B KOTOPBIE YITAKOBAHEI BCE KJIET-
KU 110 OTIeIbHOCTHU. JIoKaIbHAsT pEeTYISILUS JKECTKOCTU
KJIETOYHOM CTEHKU, TIJIOCKOCTH JIeJCHUS KJIETOK, a, B
KOHEYHOM cueTe, pazMepa 1 (hOpMbI KIIETOK SIBJISTFOTCSI
KPUTUYHBIMU HapaMeTpaMu B MOP(OJIOrMY paCTeHUIA.
I1pu sTOM puU3MUYecKre orpaHUYEHUsSI, OOyCIOBICH-
HbIe HAJIMYMEM KJIETOYHOI CTEHKM, UCKITIOYAIOT MM~
rpauuio Kiaetok. Cynpba KIIeTKU OUKTYETCS ee Tec-
HBIM OKPYXKCHMEM, YJIaBJIMBAIOIIMM CHUTHAJIbl KakK
W3HYTPU, TaK U U3BHE paCTEHMSs, TOTJA KaK B pa3BU-
TUU KUBOTHBIX OPraHU3MOB UMEHHO MUTPALIUs KJIe-
TOK CUMTAETCS OMHUM U3 BaKHEUINX (paKTOPOB.

MPONCXOXIAEHUE U ®YHKIWHN CUCTEM
CTBOJIOBBIX KIIETOK PACTEHUUN

TepMuH “cTBoJIOBast KieTKa” BIEepBHIC ObLI MC-
MTOJIb30BaH BBIJAIOIIMMCS PYCCKUM THUCTOJIOTOM
nmpogeccopoM AekcaHIApoM AJieKCaHIpPOBUYEM
MakcuMOBBIM B IOKJIaie Ha Ype3BBIYATHOM 3ace-
IaHn1 bepIMHCKOTO reMaToIOTMIeCKOro 06IIecTBa

Cokpamienus: AMII — anukanbHas MepucteMa 1nobera; AMK — anukanbHast Mmepuctema KopHsi; OLl — opraHusyommii LeHTp;

LIT — uentp nokost; JIM — narepajibHble MEPUCTEMBI.
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1 utoHst 1909 rona [6]. Y4eHBII BBIOIBUHYJ U Pa3BUI
HJEI0 O CYLIECTBOBAHUU KJIETKU-IPEIIIECTBEHHM-
bl (OPMEHHBIX 3JIEMEHTOB KPOBU Y B3POCIBIX
MITUL ¥ MJIEKOTTATAIOIINX.

CpaBHEHMIO CTBOJIOBBIX KJIETOK XKBOTHBIX U pac-
TeHUI MOCBSIIIEHbI MHOTME 3KCIIepUMEHTaJIbHbIE U
0030pHBIe padoThI [1—4, 7]. CTBONIOBBIE KJISTKH pac-
TeHMIA, KaK 1 KUBOTHBIX, XapaKTepPU3yIOTCs CIIOCO0-
HOCTBIO K CaMOBO30OHOBJIEHUIO 1 00JagaloT CBOM-
CTBOM MOTEHTHOCTH, T.€. CIIOCOOHOCTBHIO IaBaTh
IMMOTOMCTBO B BUJI€ ONPEACICHHOTO KOJINYECTBA TUIIOB
CrelMaan3upoOBaHHBIX KJIEeTOK. B cooTBeTcTBUM C
STUM, CTBOJIOBBIE KJIETKU KMBOTHBIX IEJISITCS Ha TO-
TUITOTEHTHBIE (OMHMIIOTEHTHBIE), CLIOCOOHBbIE nuhdhe-
PEHIIMPOBAThCSI B KIETKM SMOPUOHAJIBHBIX TKaHEH;
IUTIOPUIIOTEHTHBIE — IIOTOMKM TOTUIIOTeHTHBIX, KO-
TOpble MOTYT JaBaTh Hayajlo MNPaKTUYECKU BCEM
TKaHSIM, 32 UCKJIIOUYEeHUEM dMOPUOHAIBHBIX; JIUTO-
IMOTEHTHEIE, KOTOPhIE MOTYT TU(depeHIINPOBATHCS
JIMIIb B HEKOTOPbIE OJM3KHE II0 CBOMCTBAM TUIIBI
KJIeTOK; W YHUMNOTEHTHbIC, WU KJIEeTKU-Mpeliie-
CTBEHHMIIBI, Jalolye Hayajao OJHOMY OIIpedesieH-
HOMY THUNY KJIETOK. Y >XMBOTHBIX TOTUIIOTEHTHBI
KJIETKY, BO3HUKAIOIIIME MOCJIE TePBbIX AeIeHU 1po0-
JIEHMSI, T.€. KIIETKH OJIaCTOLIMCTHI y>Ke He paBHOLIEHHBI
U IUTIOPUTIOTEHTHBI. KiloueBoe OTInM4Yne CTBOJIOBBIX
KJIETOK PaCTeHMId OT CTBOJIOBBIX KJIETOK XXMBOTHBIX B
TOM, YTO Bce O€3 MCKIIIOUEHUSI CTBOJIOBBIC KJIETKU
pacTeHMIi TOTUIIOTeHTHHI. boJiee TOro, TOTUMOTEHT-
HbI y paCTeHUI ITpaKTUUYECKU BCe XKUBbIe TUphepeH-
POBaHHBIE KIIETKM, KOTOpbIE MOTYT OOpeTaTh
CBOIICTBA CTBOJIOBBIX B Ipoliecce AeanddepeHn-
POBKHU — 3TO CBOMCTBO JIEXKUT B OCHOBE BBICOKOIA CITO-
COOHOCTM pacTeHMI K pereHepaluny, COMaTHIECKOMY
AMOpHOTEeHE3Y M BereTaTUBHOMY pa3MHoOKeHMIo [7]. B
3TOM Xe 0030pe [7] mpuBeneHbl OOIIUe MPUHIMITLI
CYIIIECTBOBAHUSI CTBOJIOBBIX KJIETOK Y BCEX MHOTOKJIE-
TOYHBIX OPraHM3MOB, HECMOTps Ha pasiudus HuX
CBOICTB, Takre Kak: 1) BbICOKasi TIOTEHTHOCTh U OT-
CyTCTBHE MapKepoB nrdGepeHIINPOBKY; 2) OonbIIas
MIPOIOJDKUTEIBHOCTh KJIETOUHOIO IIMKJA, IIWTEIIb-
HOCTb KJIETOYHOTO IIUKJIa CTBOJIOBBIX KJIETOK MOPOii B
JIECATKY pa3 BBIIIE, YeM B OKPYXKAIOIIMX KJIETKaX;
3) ctocoOHOCTh K CaMOMNOAAECPXKAHMUIO U aCUMMET-
PUYHBIM AeJEHUSM, MPU KOTOPBIX MPOAYLIUPYETCS
OIlHA CTBOJIOBAsl KJIeTKAa U OJHA KJIETKA, BCTYIIAlO-
I1asi Ha IMyTh aKTUBHOTO JEJAEeHUS U 3aTeM IPUCTY-
narouas K auddepeHIUpoBKe; 4) CylleCTBOBaHUE B
CIleMaJIbHBIX KOMIApPTMEHTAaX, IOCTaBIISIONINX
CUTHAJIBI 11 TIOJIEP>KaHUSI COCTOSIHUSI CTBOJIOBBIX
KJICTOK, — HUILIAX CTBOJIOBBIX KJIETOK. TepMUH “HU-
IlIa CTBOJIOBBIX KJIETOK” OBLI ITpemiioxeH Raymond
Schofield [8] B 1978 r ni1s reMOIIO3TUYECKUX CTBO-
JIOBBIX KJIETOK, U OMpeaesieH UM KakK “orpaHUYeH-
HOE CIICHUAIM3UPOBAHHOE MHUKPOOKPYKEHHUE, KO-
TOPO€ MHTETPUPYET M OCYILIECTBIISIET MEXKKJIETOY-
Hble CUTHAJIBl IS PEryjsiliuu M TOAAepKaHUs
roMeocTasza IpUHAIIeXalluX eii CTBOJIOBBIX KJIe-
TOK”. 31ech Xe TepedrnciieHbl OCHOBHBIC (QYHKIIMH
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HUIII CTBOJIOBBIX KJIETOK: 1) IpemoTBpalneHue aud-
¢depeHLIMPOBKM CTBOJIOBBIX KJIETOK IYyTEM 3KpaHM-
poBaHUS cUTHaJIOB I @epeHIUPOBKHU, ITOCTYIIAIO-
IIIMX U3 COCEIHUX TKaHE; 2) obecIieueHre CaMOITO -
JIepXXaHUs M JUIMTEJBHOro IpeObIBaHUSI CTBOJIOBBIX
KJIETOK B COCTOSIHMM MOKOSI; 3) co3IaHue YCJIOBUIA
IUIT  MaKCUMAaIBbHOM 3allMINEHHOCTH CTBOJIOBBIX
KJIETOK OT HeOJIarONpUSITHBIX Bo3aeicTBUiA [7, 8].

Huimiu cTBOMOBBIX KJIETOK pacTeHUit hopMUpy-
I0TCSl B Ipoliecce d3MOpuoreHe3a U IMOCTIMOPUO-
HaJIbHO TMOAJAEPXMBAIOTCS BHYTPU MOMYJISIIUU NIe-
JISIIIMXCS KJIETOK, U3BECTHBIX KaK MeprcTeMbl. Me-
pUCTEMBI COCTOSIT M3 HECKOJbKUX JIOMEHOB —
COOCTBEHHO CTBOJIOBBIX KJIETOK, HUIII 1 KJIETOK Ha
pa3HbIX cTagusx auddepeHIUPOBKU. Hesainuecs
IMMOTOMKM CTBOJIOBBIX KJIETOK B MepUCTeMax SKBU-
BaJICHTHBI TPAH3UTOPHBIM aMIUTUDULIUPYIOIIUMCS
KJIeTKaM XUBOTHbIX. Hanuuyue MeprcteM mo3Bosi-
€T pacTeHUSM IIOCTOSIHHO OOpa3oBbIBAaThb HOBbLIE
OpraHbl U CTPYKTYPbl Ha MPOTSKEHUU BCEU XM3HU,
dopMupysl TaKUM 00pa3oM apXUTEKTYypy pPacTeHUIA.
OnHaKo y XKMBOTHBIX, IJIaH CTPOEHUS TeJla KOTOPhIX
B OCHOBHOM (opMupyeTcsi B SMOpUOreHe3e, MouTH
HET TUTIOPUITOTEHTHBIX CTBOJIOBBIX KJIETOK, a CYIlle-
CTBYIOIIIME MYJIBTUIIOTEHTHBIE CTBOJIOBBIE KIIETKU
OCYLIECTBJISIOT NOA/epXaHe TOMEOCTa3a U pereHe-
pauuio TKaHEeH.

Bo Bpems1 sMOpuoreHesa pacTeHMi 3aKjaabliBa-
IOTCS TaK Ha3blBaeMble IEepPBUYHbIE MEPUCTEMbI —
anMKaJbHbIe MepucTeMbl modera m KopHs (AMII n
AMK), obecrnieyuBaroiye nNpoaoabHbIi POCT, a TaK-
ke npokamb6uii. AMII u AMK He akTUBHBI 10 IIPO-
pactaHus [9], ¥ TOIBKO KOTJa POCTOK OKaxKeTCs B
0J1arOTIPUSTHBIX YCIIOBUSIX, CTBOJIOBBIE KJICTKHU aKTH-
BUPYIOTCSI, U IIPOUCXOIUT pocT opraHoB [10]. U3
kieTok AMK n AMII 06pa3yroTcs Bce TUITHI KJIETOK
MOJ3EMHbBIX Y HAA3EMHBIX OPTaHOB COOTBETCTBEHHO.
3akiiaika COCYIMCTBhIX TKaHeil HayMHAeTCsl B BM-
OpuoreHe3e ¢ GPOPMUPOBAHUS BIOJb OCH KOPEHb—
MOJICEMSIIOIbHOE KOJIEHO (pUIaMEHTOB M3 KJIETOK
MepHUCTEMbI, MPEAIIeCTBEHHUKOB COCYI0B, Ha3BaH-
HBIX KJIE€TKaMU MpPOKamMOusi, OTHOCSIIErocs K mnep-
BUYHBIM MepucTtemaM. Cocyaucrasl cucteMa pacre-
HUI 2BOJIOLMOHUDYET yxXe Oosiee 450 MIH Jjer.
MmMeHHO ee nosiBIeHKE TTO3BOJIMIIO PACTEHUSIM BbIii-
TH Ha Cylly, oOecIleuuB TPaHCIIOPT BOAbLI M MUTA-
TeJIbHBIX BEILIECTB U3 MOYBbI Ha OOJIbIIIUE PACCTOSI-
Hus. B pe3ysibTaTe pacteHUs cTaaid HE3aBUCHUMbIMU
OT OKPYXaIoIIeil BOALI U CMOIJIM BBITSIHYThCSI B BbI-
COTY B KOHKYPEHTHOI1 60pnbe 3a cBeT [11].

IToMuMoO IIPOOOIBHOTO POCTa, Y OPraHOB pacTe-
HUI HAOII0MAETCS M paauaIbHbIM POCT (B TOJIIIUHY)
C IIOMOIIBIO TPYINbl HWIMHAPUYESCKUX M KOHIICH-
TPUYECKHUX MEPUCTEM, PACIIOJIOXKEHHBIX ITOJI ITIOBEPX-
HOCTBIO OpraHa. DT BTOPUYHBIE MEPUCTEMBI, U3 KO-
TOpPBIX HauOOJIee N3BEeCTeH KaMOuii [12], aHaToMuye-
CKM BBICOKOOPraHM30BaHbI, 1 O0pa30BaHME TKAHU
MIPOUCXOAUT CTPOTO panuajibHO. B mporecce pa3Bu-
Ne 2
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THsT KamMOmii oOpa3yeTcs M3 KIIETOK IIpoKaMOus —
TIEPBUYHOIM COCYIUCTON MEPUCTEMbI, HAXOASIIIUXCS B
LICHTPE NEPBUYHBIX COCYAMCTBIX ITYy4KOB, U CIICKTP
00pa3yoIIMXCs 13 KaMOMsI TUITOB KJIETOK OTpaHUYEeH
B OCHOBHOM KJIeTKamMM cocynoB [12]. 'eHeTmueckue
SKCIIEPUMEHTEI ITO3BOJIMJIN BBISIBUTH KITIOUEBEIE PETY-
JISITOPBI Pa3BUTHSI COCYINCTOM CUCTEMbI PACTEHUIT —
TOPMOHBI, IENTUBI, PELIENTOPbI, KUHA3BI U (paKTOPbI
TpaHckpunuuu (cM. o63o0p [13]). BropuuHbie Mepu-
CTeMBI MOSIBJISTIOTCS Y B JOIIOJHUTEIbHBIX TOYKAX PO-
CTa B KOPHSIX 1 TToderax, odecrieunBasi pa3BUTHE JIaTe-
paJIbHBIX KOPHEBBIX MEPUCTEM M TA3YIIHBIX MEpU-
creM [14, 15], n BetBiaeHMe. XOTSI HadYabHBIC TAIThI
GopMHUPOBaHUS BTOPUYHBIX MEPUCTEM M UX SMOPHO-
HaJIbHBIX “KOJIjIer” pa3IM4aloTcsl, IIOJTHOCTHIO pa3BU-
ThIE BTOPUYHBIE MEPUCTEMBI HEOTIUYMMBI OT IEPBUY-
HBbIX. DTO JejlaeT UX yIOOHBIMU MOMAEISIMU IUIST U3y4de-
HUSI 00pa30BaHUSI HOBBIX CTBOJIOBBIX KJIETOK U MX
1 depeHIMPOBKY TP PA3JIMIHBIX YCIOBHUSIX.

AIIMKAJIbHAA MEPUCTEMA ITOBET'A (AMII)
Knemounoe cmpoenue anuxanbroit mepucmemst hobeea

AMII pacrniosaraetcst Ha KOHIIE TTob6era U COCTOUT
M3 KYIOJI000pa3HOM MOITYJISILIAN MEJIKHUX Iponde-
pupyromux kietok. AMII ipeacrasiieHa TpeMs KJIo-
HaJIbHO pa3IUYHbIMU cJIosIMU — KJieTku L1 u L2 06-
pa3yIoT IBa BHEIIHUX CJIOSI M IEJISITCSI CTPOTO aHTH-
KJIMHAJIBHO, T.€. B 00KOBOM HampaBJeHUU, IIPU 3TOM
cyoii L1 obpaiieH K moBepXHOCTH, a L2 pacroioxeH
crporo nmoa HuM (puc. 1). Kinerku ciost L3, pacmoio-
XXeHHoro 1o, L2, HampoTuB, IeasaTcss BO BceX Ha-
MpaBJICHUSIX, U UX TOTOMKHU 00eCIeunBaloT TakKxKe U
poct crebnsa. DnunepManbHbiii (L1) 1 cydosnumep-
ManbHbIA (L2) ciion opMUpYIOT HApY>KHBII CIIOM,
Ha3bIBaeMbIii TyHUKOI. BHyTpeHHuit cinoit (L3) Ha-
3bIBaeTCs KopaycoM. OTaelbHbIe CJIOM KJIETOK II0-
POKIAIOT HE3aBUCUMBIE KJIETOYHBIE IMHUU U BHOCSIT
CBOIf MHAWBUIYJILHBIN BKJIa B pa3BUBAIOIIUECS Op-
ra”el. B mieHTpe MepuCTEMBI CTBOJIOBEIEC KIIETKU Je-
JISITCS JIAIh MHOTAA, U YaCTh X IIOTOMCTBA OTOIBU-
raercsl B CTOpOHYy nepudepuu, Tae KISTKU ASSITCS
ropasao 4aile, 1 B KOHEYHOM MTOIe BOBJIEKAIOTCS B
¢opMuUpoOBaHME JaTepaTbHBIX OPTAaHOB MJIU COCYIM-
CTBHIX TKaHeit cTebis [1, 16]. Kak 1 y MHOTMX KUBOT-
HBIX, CTBOJIOBBIM KJIETKAM pPacTeHUIA HEOOXOMIVMBI
MHAYKTUBHBIE HUIIN. Pois mx perynsaropa B AMII
WUIparoT KJIeTKU opraHusylouiero neHrpa (OL), wau
MEPHUCTEMbI OXUIAHUS, PACIIOIOXKEHHBIE 101, CTBO-
JIoBBIMM KieTKaMu. Kietku Bo Bcex nomeHax AMIT
MMOCTOSTHHO JEJISITCSI ¢ pa3HBIMU CKOPOCTSIMU, CJIEI0-
BaTeJIbHO, OCHOBHASI CHCTEMa CTPYKTYPUPOBAHMUS
JIOJDKHA OBITH HOCTATOYHO AWHAMWYHOM. [leiicTBu-
TeabHO, foMeHbl AMII He mpuBsI3aHbBI K KOHKPETHBIM
KJIETKaM, a OIIPEIEIISIIOTCS OTHOCUTEILHBIM TI0JIOXKE -
HMEeM B TKaHHW. TakmM o0pa3oM, KIIETKH, POXKICHHBIC
B JIOMEHE CTBOJIOBBIX KJIETOK, B KOHIIE KOHIIOB OyIyT
BBITCCHEHBI UX JCJISIIUMUCS IIOTOMKaMu. B pe3yiib-
TaTe 9TU KJIETKU IIePeCTaHyT CMHTE3MPOBaTh MapKe-
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Puc. 1. Cxema nmpooJIbHOTO cpe3a anuKaJlbHON MepuTe-
Mbl odera (AMII) y apabunoncuca. AMII coctout u3
neHTpanbHO 301 (L13), BKITIoOUaoIeil opraHu3yonnit
neHtp (OLl) m pacrosyaratoryecsl BbIIIE CTBOJIOBbIE
kinetku (CK), maioiime noyepHue KJIETKU, KOTOPBIE e-
JIsITCs 1 obpasyiot ciom L1, 1.2, 1.3 mepudepuueckoii 30HbI.
CTpesikaMy yKa3aHbl HampaBJieHUs NEJICHWSI KJIETOK B
CIIOSIX.

pPbl CTBOJIOBBIX KJIETOK M JIMOO OOpPETYyT MACHTUY-
HOCTh INepu@epudecKOoi 30HBI, €CIU OUYYTITCS B
CTOPOHE OT CTBOJIOBBIX KJIETOK, JIM0O, €CIU OKaXKyT-
ca non OLI, o6pa3yoT BHYTpEeHHUE TKAHU CTeOIs,
BKJIIOYasi cocyaucTtele. B mepudepuyeckom cioe
rnepen TeM, Kak CTaTh TKaHSIMM pa3BUBAIOIIMXCS Op-
raHOB — JIUCTHEB WJIM 1IBETKOB — KJIETKU OBICTPO Ae-
JISITCSI. B M3SIIIHBIX XMPYPrudeCcKux 3KCIIepuMeHTax
JI0OKa3aHa TJIABEHCTBYIOIIASI POJIb OTHOCUTEIBHOTO
pacIioIOKeHUS KJIETOK B OOpEeTeHUU UMY UAECHTUY -
HOCTHU M HeBepOsITHOM miaactudyHoctu AMII. Yna-
JIEHWE [EeHTPaAJIbHOM 30HBI IIPUBOIMIIO K (hOPMUPO-
BaHUIO HECKOJBKMX KJIACTEPOB CTBOJOBBIX KJIETOK
BOKPYI MeCTa aMIIyTallui C OJHUM IIPEBaIMPYIO-
1M 1IeHTpoM. Jlaxe ecian ymaanuTh OTHOBPEMEHHO
1 cTBOJIOBBIE KjieTKU, U OLI, To moJHOCThIO (hbyHK-
LAOHAJIbHASI ¥ IIPOCTPAHCTBEHHO OpraHM30BaHHAas
CHUCTeMa CTBOJIOBBIX KJIETOK OymeT BOCCO3daHa 3a
HECKOJIbKO nHei. CurHaibl, 3amycKalollue TaKoe
¢eHoMeHaIbHOe penporpaMMUpPOBaHME, IIOKAa He
n3BeCcTHHL. OmHAKO, MO-BUAMMOMY, SIMUACPMaIb-
HbI CJIOM OTBETCTBEHEH 3a HampaBJIEHUE POCTa,
CTPYKTYyPUPOBAaHME U IIPOBEACHUE BHEKJIETOUHBIX
CUTHAJIOB, BKJIIOYasl pacTUTEJIbHBIE TOPMOHBI U
mukpoPHK [17, 18].

FeHHbzepeey/lﬂmoprze cucmemvl ANUKANALHOLL
mepucmemal nobeza

BaxHy1o posib UTpaeT CBI3b MEXKAYy pa3BUBAIOLIN -
MUCSI OpraHaMu Ha nepudeprum ¥ CTBOJIOBBIMU KJIET-
KamMu B nieHTpe AMII. M3-3a mpocTpaHCTBEHHOTO
pazoomieHus npoandepan 1 1uddepeHINPOBKHA
JIOKaJIbHBIE PETYJISITOPHBIE CUCTEMBI, TTO-BUIUMOMY,
HE yJacTBYIOT B CHHXPOHM3allMU MMOBEAEHUS CTBOJIO-
BBIX KJIETOK C pa3BUTHUEM WJIM (DaKTOpAMU OKpPYKato-
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el cpeabl. DTy POJib BEIIOJIHSIOT TOPMOHEI, B TOM
yucyie ayKCUH M IUTOKUHUH. B AMII uutokuHUH
CIIY>KUT UHAYKTOPOM KJICTOYHOTO LIMKJIa, HEOOXOM~
MBIM 11 aKTUBAILIMY TOMEOOOKCHOTO (haKTopa TpaH-
ckpunuuu WUSCHEL (WUS) [19, 20], Torma kak
OCHOBHAsI pOJIb ayKCHHA — 3aycK arddepeHIIPOB-
k1 Ha riepudepnn [21]. B AMK, HanmpoTns, penpec-
CHsI CUTHAQJIOB LIUTOKWHKWHA HeoOXoauMa JJisl CIIeL-
¢duKalu CTBOJOBBIX KJIeTOK [22]. OGHapyKeHO, YTO
y Arabidopsis thaliana akTHBHOCTh 00OMX TOPMOHOB
CXOOAUTCS Ha MIPOMOTOPAaXx IBYX I'€HOB, KOIUPYIOIINX
HeratuBHble peryiasatopel ARABIDOPSIS RE-
SPONSE REGULATOR (ARR) — ARR7 nu ARRI15,
CUTHAJIbHOTO IIyTU LIMTOKWUHUHOB. B pe3ynbraTe ux
COBMECTHBIX YCUJIMI IIPOUCXOIUT PETYISIus PyHK-
it MmepucteM. MHrmOnpoBaHNe HAKOIUIEHUS ayK-
cuHa B AMII npuBOIMIIO K CHUKEHUIO DKCIIPECCUN
WUS. Kpome Toro, ayKCMHOBBII CUTHAJ MepeaaeTcs
CTBOJIOBBIM KJIETKaM, 110 KpaliHell Mepe YaCTUIHO, C
y4JacTueM LIUTUKMHUHOBOI'O CUTHAJILHOTO ITyTH [19].

ST™M

B AMII A. thaliana sxcnipeccupyeTcsl TeH TOMe-
obokcHoro ¢akTopa TpaHckpuriuu SHOOTMERI-
STEM-LESS (STM), otHocsierocst K kiaccy 1 ce-
meiictBa KNOX (KNOTTEDI1-LIRE HOMEOBOX)
[23]. Konupyemblii reHoM STM dakTtop TpaHCKPUII-
UM CTUMYJMpPYET 3Kcrapeccuto reHa [PT7, mpomyKT
koroporo, depmeHT ATP/ADP-nu3oneHTeHUITpaHC-
depaza 7 3amyckaeT OMOCHUHTE3 LMTOKUHUHOB —
TOPMOHOB, CTUMYJIUPYIOIIUX AejaeHue kineTok. Co-
OTHOIIIEHWE MEXAY LUMTOKMHMHAMM W ayKCHMHAMU
oTIpeaessieT Mpolece AeJIeHUs KJIeTOK U uX nudde-
peHupoBKy. STM mnopasisier guddepeHIInPOBKY
¥ MOAAePXUBaeT PO epaTUBHYIO CIIOCOOHOCTD
KJIETOK MepUCTeMBI [24, 25], a TakKxKe MOXKET KOOpAU-
HUPOBaTh MeXaHUYECKIME CUTHAJIBI IIpU (hOPMUPOBa-
HUM JaTepajbHBIX OopraHoB [26]. STM 4yacto 3Kc-
npeccupyercss BMecte ¢ reHoM KNOXI, a Takxe c
BREVIPEDICELLUS (BP). AKTUBHOCTb 3THUX O€l-
KOB MOIYJIMPYETCS OeJIKaMM IPYyroro roMeo00KCHO-
ro cemeiictBa, BEL-like proteins [23]. Dkcrnpeccust
STM o6HapyxuBaeTcs Bo Bceii AMII, HoO KaKMM-TO
o0pa3oM HMHTHMOMpYETCS B 00JIacTIX HaMOOJbIIEH
KOHIICHTpallUM ayKCMHA — B TTOMYJISILIUSIX OBICTPO
JEJISIIIUXCST KJIETOK, TIOTOMKOB CTBOJIOBBIX KJIETOK,
TEPSIONINX CBOMCTBA IUTIOPUIOTEHTHOCTHA ¥ TOTOBBIX
K nuddepeHuumponke [27, 28]. o cux mop oKoHYa-
TeJIbHO He BBISICHEHBI HU (PyHKIIMOHAJIbHASI 3HAYU-
MOCTbB, HI MeXaHW3M TaKoTo WHrnonposanus STM B
MPUMOPIUNAX — 00JaCTSIX 3a4aTKOB OyIyIIUX Opra-
HOB pacteHus [29].

WUS, CLV3u ER

OLl xapakTepu3syeTcsl TOUeUHOM 3KcIpeccueit ro-
MeobokcHoro ¢akropa TpaHnckpunuuu WUSCHEL
(WUS), koTopsIii 00ecIieurBaeT MoLIe pxKaHne KIeT-
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KaMu cTBOJIoBOTO cocTtostHu [30, 31]. OmHako B HU-
I1aX CTBOJIOBBIX KJIETOK PacTeHUii, B OTIMYUE OT
HUIII XXMBOTHBIX KJIeTOK, 0e10Kk WUS He 3ammyckaet
ClIaxKeHHBIe TeHHbIE KaCKabl, a, BEPOSITHO, TBUTAeT-
Cs1 K CTBOJIOBBIM KJIETKaM IT0 MEXKKJIETOYHBIM KOHTaK-
TaM, IIa3MoJIecMaM, YTOOBI HEIIOCPEACTBEHHO pery-
JIMPOBaTh 3KCIIPECCUI0 T€HOB-MUIIEHEN B KJIETKaX
HUILIM U CTBOJIOBBIX KiieTKax [32, 33]. Cynpba cTBOIO-
BBIX KJIETOK y apabHuaoIicuca KOHTPOIUPYETCS CIIOXK-
HOM PETYJISITOPHOM CEThI0 CUTHAIBHBIX MOJIEKYT U
dakTopoB TpaHcKpunuu [34]. B rietne orpunarenb-
HOIl OOpaTHON CBSI3W UACHTU(UIIMPOBAH OCHOBHOW
ydyacTtHUK, Ha3BaHHBIN CLAVATA3 (CLV3), — KopoT-
KU CEKpeTUpPYyEeMblii TENTul, aKTUBUPYIOLIUNACSI B
pe3yabTaTe IIPOLIECCUHTa U NOCTTPaHCIISIIMOHHOM
Mmoaudukanuu [35, 36]. OOHapyKeHO, YTO [JIs1 BbI-
MMOJIHEHUS CBOEI POJIU B PETYJISILIMU pa3Mepa MepUCTe-
MBI 610K CLV3 nomKeH OBITh ITOJTHOCTBIO TJIMKO3WIIN -
poBaH L-apabuHo30ii. MyTaliuu B reHe apaOuHO3MJI-
TpaHcdepasbl TPUBOAWIM K YBEJIMYEHUIO pasMepa
IUIOJa B IIpolecce JOMECTHMKALMM PacTeHWi ToMarta
[37]. benoxk CLV3 muddyHmmupyeT B MHTEPCTUIIAATh-
HOE MPOCTPAHCTBO M JEMCTBYET IIPU CBS3bIBAHUU C
KOMITJIEKCAMU PELIENITOPOB ¢ O0OTallleHHBIMU JICIIIV -
HoMm moBropamu (LRR), KoTopble pacmonoxeHbI Ha
Iu1a3MaTudeckoit Memopane [38, 39]. O01iee y aTuX pe-
LIETITOPOB B TOM, 4TO B pe3yJibrare cBsi3biBaHus CLV3
3aITyCKaeTCsl BHYTPUKIIETOYHbBIN CUTHAIBHBII KacKal,
MOJIEKYJISIDHBII MEXaHU3M KOTOPOIro HAYMHAET IIPOosIC-
HATBhCSL. (OKaszajaoch, UYTO HEKOTOPhIE pPELEHTOPHEIC
KOMIUIEKCHI MPEeACTaBISIOT coboit romoMepbl LRR-
RLK (LRR-receptor-like kinases), kaxk CLAVATAI1
(CLV1), a HekoTopbIe sIBIsiIoTCs KomruiekcamMmu LRR
¢ MeMOpaHOCBSI3aHHBIMY KMHA3aMU WJIN IICEBIOKI-
Hazamu, kak B ciiydae CLAVATA2 (CLV2) u CO-
RYNE (CRN) [40—42]. CHuxXeHUE 3SKCOpecCcuu
WUS, obycnosinennoe CLV-curnamamu [43], 3aMbI-
KaeT JIOKAJbHYIO METII0 OTPULIATeIbHON OO0paTHOM
cBs3u: WUS pacnipoctpaHnsieTcst oT Ol K cTBOJIOBBIM
KJIeTKaM JJIsl HOAASPKaHUS X COCTOSIHUS, @ CTBOJIO-
BbIe KIeTKM cekpetupyrotr CLV3. B Oll 3anyckaercs
CLV-3aBUCUMBI KacKal, YTO IIPUBOIUT K YMEHBIIIE-
Huo akTuBHOCTH WUS. DTOT Kacka BriepBbie OOHA-
pPYyXWin y apabuaorncuca, OHaKO OH XapaKTepeH U
JUIST KYKYPY3bl, pyca U pacTeHUil ToMata. MyTramuu,
3aTparmBamplnye cuHTe3 win peuernunio CLV3, mpu-
BOISIT K POCTY OOpa30BaHUSI CTBOJIOBBIX KJIETOK B
AMII [37, 44].

IMapannensHo ¢ kackagoM CLV akcnpeccust WUS
perymupyetrcs kKackanoMm ERECTA (ER)—LRR-RK
[45]. YuacTHUKM 3TOro Kackajga, BEpOsITHEE BCEro,
Bxoadat B ceMmeiictBo EPIDERMAL PATTERNING
FACTOR (EPF), BoBiedueHHOE B IIPOLIECCHI pOCTa 1
pa3BuTHUs ycThuII [46, 47]. B pa3BuTne MepHUCTEMBbI B
KauyeCcTBE CUTHAJIbHBIX MOJICKYJI BOBIcYeHBI G-0e/IKN.
Ipenmonaraercs, uro penenropel ER m CLV mMoryr
(YHKIIMOHUPOBATh COBMECTHO B OOIIEM CUTHAIb-
HOM Kackane. M3BeCTHO TaKxKe, YTO CUTHAJIbHBII
nyte CLV HeraTuBHO peryIupyeTcs HEKOTOPLIMH
Ne 2
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nporemHkuHaszamMu, BKiaodas POLTERGIEST,
POL-LIKEI u KINASE ASSOCIATED PROTEIN
PHOSPHATASE (KAPP), ogHako npsiMoii CBSI3U C
GyHKIIMEH pellennTopoB He obHapyxkeHo. IToka3zaHo
Takxke, yTo B pabote CLV3 MoxkeT ygyacTBOBaTh YOMK-
putuHiuraza E3 [48—51]. [1o3xe oOHapyXWJIu, 4YTO
dyaKuIMOoHMpoBanme perentopoB ER BMmecTte ¢ pe-
LHeTnTopaMu TUCTUANHKNHA3 apaounorncruca ARABI-
DOPSIS HISTIDINE KINASE (AHK) HeoGxomu-
MO JJISI TOYHOM PETy/salMy YyBCTBUTEIILHOCTHU KJIE-
TOK K IIUTOKWUHUHY U, CJIeI0BaTeJIbHO, 00eCIIeYeHUS
npaBuibHON Mopdonoruu AMIIL. B To Bpemsi Kak
AHK T10BBIIIAIOT 9YyBCTBUTEIBHOCTD K IUTOKMHUHY,
peuenrtopbl ER orpaHnYnBaoT NoCTyIuieHUEe CUTHA-
Ja K Ooryee myookum ciosMm AMII, TtemM camMbiM
onpenensas crienndukanmio Ol [18, 52, 53].

ARF

IIpu mnccaemoBannm GOPMHUPOBAHUS PENIPOIYK-
TUBHBIX TTPUMOpPJNEB apabuaoNcHUca ObIJIO U3Y4eHO
¢dyHakumoHnpoBanue 6enkoB rpynibl ARF (auxin re-
sponse factor). IMeHHO OHM B OTBET Ha BO3IEICTBUE
ayKCHMHa PEeryJupyloT B KJIETKaX MEPUCTEM IKCIIpec-
CHIO TeHOB, OTBeYaIOIIMX 3a TUddepeHIUPOBKY KIIe-
TOK ¥ pa3BUTHE HOBBIX TKaHeil m opraHoB. ARF nme-
Jstest Ha Tpu Kiacca: A, Bu C [54]. ARF kiacca A ak-
TUBUPYIOT TPaHCKpuIuio, Torna kKak ARF ximacco B
n C oTHeceHBI K pernpeccopaM TpPaHCKPpUITLIUH [55,
56]. K kmaccy A oTHOCHUTCS (haKTOp TPaHCKPUIILIAU
MONOPTEROS (MP, wm ARFS5) perynupytomuii
dopmupoBaHue 11BeTKa. M3BeCTHO, YTO CBOUM TJIyTa-
MUWH-00TraTbIM HECTPYKTYPUPOBAHHBIM LICHTPAJIbHbBIM
JIOMEHOM 3TOT (PAKTOP MOXKET CBSI3BIBATHCSI C PEMOLY-
nsropamu xpoMmatuHa [57]. Kpome MP, B ki1eTkax 0Oy-
IyIIUX MPUMOpAVeB oOHapy>KeHa 3HaYnuTeIbHasl 9KC-
npeccus Toabko AByX Apyrux ARF: ETTIN (ETT, niu
ARF3) u ARF4. O6a oHM OTHOCSTCS K “perpeccop-
HoMmy” knaccy B. M o6a, ETT u ARF4, yqacTByIOT BO
MHOTHX IIpolieccax pa3BUTHUS apaduaoncuca, BKIIIO-
Yyasi MTHULIMALIMIO BETBICHUSI KOPHEN 1 HAIIpaBJIEHUE
pocrta naucta. MU3BecTHO, YTO MpU HU3KOM KOHIIEH-
TpalluM ayKCWMHa HeOOoJIblINe siAepHbIE OEIKU
Aux/IAA cBsasbiBaioTcs ¢ MP, 06pa3yioT KOMILIEKC C
koperpeccopomM TOPLESS (TPL) u npensaTcTByioT
akTuBaluu reHoB ARF [57—59]. YBenuueHue KOH-
LIEHTpallMK ayKCHMHA IIPUBOIUT K YOMKBUTHHUPOBA-
HUIO U ITOC/IeAYIONIeH nerpagaium 6ejakoB Aux/IAA,
BBICBOOOXIIEHIIO KOPEIIPECCOPOB M pa3pelICHUIO
MP cBg3aThCd ¢ peMOIyISITOpaMHu XpoMaTuHa. Ta-
KUM obpa3zoMm, MP HemocpeacTBEHHO aKTUBUPYET
TeHBI, HEOOXOOUMBIE I Pa3BUTUS LIBETKa, HAIIPU-
Mep TeHBl (dakTopoB TpaHckpuruun FILAMEN-
TOUS FLOWER (FIL) u LEAFY (LFY). MP Takxe
MOMYJMPYET 3KCIIPECCUIO TEHOB, KOHTPOJIMPYIOIINX
OTBET Ha JIEMICTBME ayKCHMHA M ero HakoruieHue. [1o-
Ka3zaHo, uTo penpeccust STM TpuBOOUT K MHUIIMA-
UM perpoayKTUBHOTO npuMopaus [29]. [Ipu atom
ETT u ARF4, skcnpeccupylomimecss B 3apoXaaio-
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meMcs TIpUMOpINH, WHTUOUpyoT STM, neiicTBys
napasniaeabHo ¢ MP. KpoMe Toro, BeIKIIOUEHUE reHa
ruitopurioreHTHoCcTU STM v reHa BP ¢akTopamu FIL
u ETT/ARF4 ocyiiecTBiseTcs B pe3ybTaTe Aealle-
TUJIMPOBaHUSI TUCTOHOB [29].

Poab knemounoii cmenku

KierouHast ctTeHKa pacTeHMiA IpencTaBjeHa ce-
ThIO 1IEJUTIOJIO3HBIX MUKPOGUOPUILI, COSAMHEHHBIX
MEXIY COOOM MOJIEKYJIaMM TeMUIIEIIIIOI03b], IIOTPY-
>KEHHBIMU B ITEKTUHOBBII MaTpukc [60]. s B3au-
MOACUCTBUSI PELEOTOP—JIUTaHd CYIIECTBEHHO CO-
CTOSTHME aIlOIIaCTUYECKOIO0 IIPOCTPAaHCTBA, WU
MEXKJIETOYHOIro MaTpukca. KiietouHast cTeHKa — ca-
Masl HapyxXHasli KOHTaKTHasl IIOBEPXHOCTb IJISI BOC-
MPUSATUSI CUTHAJIOB M B3aUMOJIEHICTBUIL BCEX KIIETOK
pacteHuil. OHa CIy>XUT U30MpaTeIbHBIM OapbepoM
JIJIST MHOTHX OMOMOJIEKYJI, obecrieunBaeT MeXaHU-
YEeCKYyI0 IIPOYHOCTb U IIPEISITCTBYET ABMKCHUSIM
KJIETOK BHYTPM M MeXIy TKaHsMHu. TomoJjiorude-
cKasi TOMOreHHOCTh KjieTok AMII obecneuunBaeT
MIPOYHOCTh MEXKJIETOUHBIX B3aMMOJIEMCTBUI, OHA
obycinoBieHa padotoii reHa KATANIN 1. TToka3aHo,
yto TeH KATANINI, Ha3BaHHBII IO aHAJOTUU C
SIIIOHCKUM MEYOM KaTaHa, KOIupyeT OeloK, pac-
HIETUISIOMNI MUKPOTPY6oukM [61] M ydacTByIO-
MU B MEXXKJIETOYHBIX MEXaHUYECKMX B3aMOICi-
ctBusix B AMII apabunoricuca [62]. AHaiu3 BKjiajga
MeXaHUYECKMX B3aMMOACHCTBUI B orpeneeHue pop-
MBI KJICTOK U KJIETOUYHYIO OPraHM3alUIO B LIEJIOM ITOKa-
3aj1 [63], YTO B OTCYTCTBME KAaTaHMHA PEOPMEHTALIUS
KOPTUKAJIBHBIX MUKPOTPYOOUEK ITPOUCXOAUT MEIJICH-
Hee, LEeJUII0JI03a He HAaKaIUIMBAeTCs B MECTax MaKCH-
MaJIbHOM Harpy3Ku, M B Pe3yJIbTaTe KJIETOYHAS CTEHKA
HenocTaTouyHo ykperuisiercs. KineTtku pacteHuii, Hecy-
IIUX MYTallM B 3TOM I'eHe, He MOTYT MeXaHU4YeCKU
MIPOTUBOCTOSITH MABICHUIO UX coceneii. Peopranm-
3alMsl MUKPOTPYOOUEK UTpaeT KIIIOYEBYIO POJIb B
KOHTpPOJIE TeOMETPUM KJIETOK M CBOMCTB MEPUCTE-
MEI B 1IeJ10M. B Takux pa3BuUBaOIIMXCs TKaHSIX, KaK
MEPUCTEMBbI, JOJKHBI CYIIECTBOBAaTh MEXaHU3MBbI,
oOecrieunBalonIyie CKOOPAUMHUPOBAHHOE peMOJe-
JIMpOBaHME KJIETOYHOI CTEHKHU ITpM BHIOOpE KJIET-
KOi1 cBOEI cyap0BI [64]. DTO mMOATBEpKIAETCS CIIO-
COOHOCTBIO (PEepPMEHTOB, PEMOJCIUPYIOLINX KJIe-
TOYHYIO CTEHKY, MTHIYIMPOBAaTh IOSBJICHUE OpraHa
Ha nepudepnu AMII [65].

CUrHaIM3aIus ¢ y9acTHeM KIIETOYHOM CTeHKU U
CTEIEHb HANpsKeHUs] B MeMOpaHe [66] urpaiot Bax-
HYIO POJib B MoAAepXaHUU (PYHKIIMOHAJIBLHOTO CO-
CTOSHUSI MepUCTeEMbI. MHTEpECHO, UYTO JaxXe 3KC-
peccus MapKepa CTBOJIOBBIX KJIeTOK STM KOoHTpo-
JIUpYeTCsI MEXaHUYECKUMU CUJIaMHU, TeHCTBYIOIIMMU
Ha rpaHule Kymoia AMII [26, 67, 68]. B cBoio oue-
pelb, CHUHTE3 KJIETOYHON CTEHKHU peryaupyercs
AMII [69], B pe3ynbTaTe BO3HUKAIOT pasjiddus B
PUTHUIHOCTU KJIETOK JaXe B Ipeaeiax MepPUCTEMBbI
[70]. CBs13p mupPepeHIIMPOBKU KIETKHA C PEMOJIC-
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KopHeBoii
YeXJIMK

Puc. 2. Cxema niponojibHoro cpe3da AMK apabunorncuca.
AMK o0pa3oBaHa KOHILIEHTPUYECKHU PACTIONOXEHHBIMU
kinetouHbiMU ciosimu. LlenTp mokost (LITT) oxpyxeH
ctBosioBeiMHU KiieTKaMu (CK), obecrieunBaroImMu pocT
KOPHSI.

JIMPOBaHUEM €€ KJIETOUYHOI CTeHKU 0OecIieunBaeT-
CsI MEXaHM3MaMM OOpaTHOM CBSI3M MEXIy KacKama-
MU, OTBEYaIOIIMMU 3a CYAbOY CTBOJIOBBIX KJIETOK, 1
CUTHAJIbHBIMM MOJICKYJaMH, KOHTPOJUPYIOIIUMU
LEeJIOCTHOCTh KJIETOUHOI cTeHKU. [lo-Buammomy,
CTEIleHb METUIIMPOBAHUS TTeKTUHA, TJIABHOTO KOM-
MOHEHTAa KJIETOYHOM CTEHKHU, B 3HAUUTEIBHONI CTe-
MEeHU ONpeAciIsIeTCSI HECKOJIBKUMU PeLieNTOPHBIMU
KOMILJIEKCAMHM, PACIIOJOXECHHBIMM B IMTOILIa3Ma-
TU4YecKoil Membpane [71—73].

HaXOﬂﬂCb CIIC IToA ITOBEPXHOCTHIO ITOYBLI, B TEM-
HOTE, CesSHIIbl pacTeHUI pa3BUBAIOTCS OCOOBIM CITO-
CO0OM, KOTOPBII YCKOPSIET MIPOLIECC MPOTATKUBAHUS
MOYKM Ha BO3MYyX, OOHOBPEMEHHO 3alluIlasi €€ OT
MOBPEKACHUNI. DTOT TUII pOCTa Ha3BaH CKOTOMOP-
¢oreHe3zoM. Ilpu momagaHUM Ha CBET MPOUCXOAUT
TepeKIIoueHe pacTeHUi Ha Npyroit, O0ojee pery-
JIIpHBII TUI pocTa, Ha3BaHHBIM (HoToMopdoreHe-
30M, IIPM KOTOPOM CTBOJI IIEPECTAET PACTH, a JIUCThS
CTaHOBSTCS IIMPOKUMMU U 3eeHbIMU. [TokazaHo, 4To
OJINTOMEPHI TAJIAKTYPOHOBOI KHUCJIOTHI, IPOAYLINPY-
e€MbI€ KJIETOYHOM CTEHKOI, 1 OCHOBHOII €€ KOMIIO-
HEHT NEeKTUH UHTUOMPYIOT Mepexo OT CKOTOMOPdo-
retesa K goromopdoreHesy [74], 4To COIMPOBOKIA-
ercd aktuBanmeit AMII [75].

MOIJIEKVJIAIPHAA BUOJIOTUA

AITMKAJIbBHAA MEPUCTEMA KOPHA (AMK)

B AMK o0GHapy:XeHBI Te e peryasiTOpHbIE 2jie-
MEHTHI, 4TO U B AMII, HECMOTpsT Ha 6oJiee yropsiTo-
YEHHYI0 OpraHu3allio KJIETOK MEpPUCTeMbl KOPHS,
HarnpuMep y A. thaliana, 110 cpaBHEeHUIO ¢ ITooeroM. B
AMK, kak 1 B AMII, cymecTByeT rpynmna KJIETOK,
KOTOpbI€ CJIyXaT HUlllelt, OHU Ha3bIBAIOTCS LIEHTPOM
nokos (IIIT) u HaxonsATCa B caMOM LIEHTPe KOHYMKA
KopHs1 (puc. 2). CTBOJIOBbIE, WU WHULMAJbHBIE,
kietku okpyxaroT LIT u nogaepxnBaiOT KOHTAKT C
LIIT, garor Hayajgo TKaHSIM KOPHS ¥ KOPHEBOTO YeX-
Juka. Takoe pacrnoyioXeHue CyIIeCTBEHHO s
MIEHTUYHOCTU CTBOJIOBbIX KJieToK. IlokazaHo, uto
KJIETKM MOTYT MIOBTOPHO OOpPECTH CBOICTBA CTBOJIO-
BBIX, KaK TOJIbKO OHY MOIMAaAyT B JAaHHOE OKPY>XeHUe
[76]. B otmuume or AMII, roe ayKCUH 3amycKaer
nuddepeHunpoBky, B AMK 3ToT ropMoH Heobxo-
UM JIS cTieuu(pUKaLMM HUITU CTBOJIOBBIX KJIETOK U
nonAepxuBaeT ux mnpoaudepanuio [22, 77]. Luro-
KWUHWH, HAaIPOTUB, BbI3bIBaeT NUGpGHEpeHIUPOBKY U
NeiCTBYeT TMPEeUMMYIIECTBEHHO Ha HEKOTOPOM pac-
CTOSTHMM OT KOHYMKa KopH# [78]. OmHako oOHapy-
JKEHO TaKXe, YTO IUTOKUHUH JEUCTBYET Ha KJIETKU
LI, ymeHbl1ast UMITOPT ayKCUHA U3 UX OKPYXXEHUS U
VHIYLMPYS B 3TOM ClIydae JejieHue KJIeToK [79].

HecMoTpst Ha MPOTUBOIONIOXHOE IeHCTBUE TOPMO-
HOB B KOpHE 1 cTe0J1e, Ha TPAaHCKPUITIIMOHHOM YPOBHE
noaaepKaHre CTBOJIOBBIX KJIETOK KOPHSI ITPOUCXOIUT
o o6bieit cxeme. Kak 1 B modere, B KOpHe crieliugpuKa-
UsI KJIETOK OOYCIIOB/IEHA OEHCTBUEM TOMEOOOKCHOTO
¢akropa TpaHckpumnuuu, HazBaHHoro WUSCHEL-
RELATED HOMEOBOX 5 (WOX5) [80]. WOXS He
ToJIbKO 030K WUS, HO 1 IeiCTBYeT NOCPEACTBOM
Toro xXe MexaHn3Ma. berok WOXS neukercs u3 LT
K LIEHTPaJIbHBIM CTBOJIOBBIM KJIETKaM, YTOOBI OIIpe-
nennuTh ux cyab0y [81]. Boiee Toro, akcipeccus Kak
WUS, tak u WOX5, HaxoguTcs 11og, KOHTPOJIEM CH-
CTEMBI ITeNTUA—peLenTop. YToObl OrpaHUYUTh IKC-
npeccuro WOX5, B AMK curHajibHBIT IIEIITHL
CLAVATAZ3-ESR related 40 (CLEA40) neiicTByeT 4epes
cucteMy kuHa3z CLV1, ARABIDOPSIS CRINKLY4
(ACR4), LEUCINE-RICH REPEAT RECEPTOR-
LIKE KINASES (RLK) [82, 83]. OnHako TOIT0/JI0T1s
3TOI'0 CUTHAJIbHOTO MOAYJISI CYIIIECTBEHHO OTJIMYaCT-
cs1 ot ero tonojioruu B AMII. B ormmune or CLV3
B mobere, CLE40 skcripeccupyeTcs He B CTBOJIOBBIX
KJIeTKax, a B nud@epeHIMPOBaHHBIX KJIeTKax KOop-
HEeBOro 4Yexyjuka, Torma kak peuentopel CLV1 u
ACR4 HaxonmsaTcs B 00enx MOy X KieTokK. MH-
TEPECHO, UTO 3TU PELENTOPhI HE IKCIIPECCUPYIOTCS B
III1, Ho HekuM oOpa3oM ocyiuecTBiIsI0oT CLE40-3a-
BUCUMYIO peryasauuio WOX5, Bo3MOXHO, OJIOKUPYS
€ro 3KCIIPECCHIO B CTBOJIOBBIX KieTKax [84]. Cxon-
CTBO allMKAaJIbHBIX MEPUCTEM Ha 3TOM He 3aKaH4YMBa-
erca — WOXS5, kak m WUS, neiicTByeT Kak pernpec-
COp TPAaHCKPUITLHUU, U 3Ta €0 aKTUBHOCTh O0eCIIe-
yuBaeTCcsd (PU3NYECKUM CBSI3BIBAHMEM C OcJIKaMMu,
KonupyeMbiMu ceMmeiictBoM reHoB TOPLESS (TPL)
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[81, 85]. OHM OTHOCATCS K TPYIIIIEe KOPEIPECCOPOB
tunma GROUCHO, kxoTopble BbI3BIBAIOT AcallCTUIIM-
poBaHME TMCTOHOB, BJIMsISI HA COOTBETCTBYIOIIUE JIC-
anetunasel (HDAC) [86].

Eliie onuH BaxkHbIii, HO He 00s13aTeIbHBI KOMITO-
HEHT MOIYJISI, peryaupyoomero padory WOX, — dak-
topbel TpaHckpunuuu ¢ GRAS-gomenom — HAIRY
MERISTEM (HAM), HemocpeIcTBEHHO B3auWMO-
neiictByroiue ¢ 6enkamu WOX. M3BecTHO Takxke,
yto 6enku HAM cBs3biBatoTcst He ToJbKo ¢ WUS u
WOXS5, Ho u ¢ WOX4, MapKepoM HUII CTBOJOBBIX
KJIETOK cocynoB [87].

IMPOKAMBU

[lepBuyHbIe coCcynuCThIe MMyYKU pacTeHUId oOpa-
3yIOTCSI U3 KJICTOK TIPOKaMOUs ellle B SMOpHUOreHese
[88, 89]. KiteTku coCcynoB KOpHSI IIPOUCXOIST U3 Ye-
TBIPEX UHULIMATBHBIX KJIETOK, KOTOPhIE MOSIBIISTIOTCS
Ha TJI00YIISIpHOM CTaIuM PAa3BUTHUSI. DTU WHUIINAITb-
HbIE COCYIUCThIE KJIIETKU, KOTOPbIE CYUTAIOTCS TIPE.i-
IIECTBEHHUKAMM IIPOKaMOMsI, IIPOXOASAT HECKOIBKO
LIAKJIOB IEeJICHUS IJIs1 IOIyYeHUSI 3HAUUTEJIbHOM T10-
MyJISIUMA COCYAUCTBIX KieToK. KiieTouHble aeneHust
HaXOMSITCS MOoA KOHTPOJIEM (paKTopa TPaHCKPUIILIAU
TARGET OF MONOPTEROS 5 (TMO5) u aykcuHa.
Kak TojbpKO momyisiiust KJIeTOK CTaHeT JOCTaTOYHO
0OJIBIIION, B LIECHTPE HAYMHAIOT IIOCTEIIEHHO (DOpMU-
POBAaThCS COCYIbI KCUJIEMBI, a C ABYX CTOPOH COCYIbI
dosmebl. Takoe pacnoa0KeHNe COCYTUCThIX TyYKOB
U €ro IoaaepKaHue 00yCIaBIMBAETCSI COBMECTHBIM
BIMSTHUEM ayKCMHa M MUTOKWHMHA. PelrapomuMm B
nmpoiiecce GOPMUPOBAHUST TIPOKAMOUS SIBJISIETCSI
HaIlpaBJeHHBINA TpaHCIIOPT ayKcuHa. Kimaccuyeckast
TUII0Te3a MPOBEASHMSI ayKCMHOBOIO CUTHAJja IIpe-
MoJiaraeT, YTo pachpeaeicHue ayKCHMHa CyxKaeTcsl C
IIMPOKOI0 MOJIsI KJIETOK A0 HEOOIbIION MOMYJ SN
KJIETOK C MHTEHCUBHBIM TPAHCIIOPTOM ayKCHUHA. DTU
KJIETKM M CTaHyT caiiTamMmu ¢OpMUPOBaHUS TTPOKaAM-
ous [90, 91]. Korna paccraHOBKa COCYAUCTBIX KJie-
TOK 3aBepllieHa, KJICTKA MMPOKaMOUs OoOpeTaioT BBI-
COKYIO TpoJinepaTuBHYIO aKTMBHOCTh, HEOOXOMU-
MYIO UISI OOeCIieYeHMsI BTOPUYHOIO pPaauajbHOTO
pocTta pacteHHs. B yacTHOCTH, OBICTPO HCIISIIIIMECS
KJIeTKM MpoKaMOusi, pacrmojaratlolivecss B BuUIE
KOJIblIa BOKPYT LIEHTPAIbHON KCUJIEMBI I OKPYKEeH-
HbIE ITy9KaMu (JIO3MBI, Ha OTOI CTaaAuU y>Ke Ha3bIBa-
I0TCSI KJIETKaMU KaMOUsl. DTOT mepexoa 0ObIYHO IIPo-
WCXOOUT B BEpXHUX “cTapbiXx” 4yacTsax KopHeii. Ha
9TOI CTaAWM BTOPUYHOTO POCTA COCYAMCTas Mepu-
cTeMa, COCTosIIIasl U3 KJIeTOK KaMOusl, 1aeT Havyaao
KJIETKAM BTOPUYHOM KCUJIEMBI X1 BTOPMYHOIT (b0~
9MbI. OTU MYJbTUIIOTEHTHBIE KJIETKU KaMOMs CUM-
TAIOTCSI CTBOJIOBBIMM KJIETKAMM COCYIOB, TOCKOJIb-
Ky OHU 00J1aJal0T CIIOCOOHOCTHIO K CAMOOOHOBJIE-
auo. IlokasaHo, 4yro mentuaHblii ropmoH TDIF
(TRACHEARY DIFFERENTIATION INHIBITORY
FACTOR) u ero peuentop TDR (1 PSY) urparor
KJIFOUEBYIO POJIb B (POPMUPOBAHNUM COCYIUCTOM Me-
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puctembl [92, 93]. I'eHeTmyeckue MCCICIOBAHUS
IMO3BOJIMJIM OOHAPYKUTh, YTO CUTHAJIILHBINA IIyThb
TDIF pacnamaeTrcsd Ha ABa OTIOEJIbHBIX KacKaza:
nytb WOX4 um myre GLYCOGEN SYNTHASE
KINASE 3 (GSK3)—BRI1-EMS-SUPPRESSORI1
(BES1). DTu kackaabl peryjJupyoT 0ajlaHC MEXIy
KJICTOYHOM Tposmdepanmeit 1 nuddepeHINpPOB-
Koii [94, 95]. KpoMme TOro, menTuaIHbiE TOPMOHBI
(EPIDERMAL PATTERNING FACTOR, EPF) u
KacKaJbl, 3aIIyCKaeMbI€ TOPMOHOM STJICHOM, TaKKe
CIOCOOCTBYIOT HMOMJIEPXKAHUIO COCYAUCTBIX MEPUCTEM
BMmecte ¢ Kackanamu TDIF [89]. pyroii peryastop
nponudepaliuy KJIETOK KaMOUs — LUTOKUHUH [96,
97]. B pe3ynbTare 00J1acTh KCUJIEMbI CYIIIECTBEHHO
pa3pacTaeTrcsi, 4TO COIpOBOXIaeTcs muddepeHII-
POBKOII BOJIOKOH KCuiIeMbl. IIpoBeneHBI 3KCIEpH-
MEHTBI, B KOTOPBIX AUP(HEepeHIMPOBKY KCUIEMBI B
MOACEeMSIIOJIBbHOM KOJICHE apaOuaoIICKca IIpU Iepe-
Xole K IIBETCHUIO MOXKHO BBI3BIBATh I'MOOEpesiim-
HOM, a CUTHJIbHBIM MYyTh C y4aCTUEM PELEITOPOB
ERECTA (ER) u ER-LIKE 1 (ERL1), HanpoTus,
MIPENSITCTBYET (POPMUPOBAHUIO BOJIOKOH Ha PaHHUX
cragusx [89].

Ha crammsax mociie mpopacTtaHust OOJIBIIMHCTBO
SMOPHUOHATBHBIX MPOKAaMOMAIBHBIX KIJIIETOK Iudde-
PEHLUPYIOTCS B KcuieMy uin ¢iosmy. B cemsmonsx
STU MPOBOISIINE ITYYKH OOBEIMHSIIOTCS B IIPOCTYIO
cerb. IIpu pocte KOpHSI 00pa3oBaHME COCYIUCTHIX
TKAHEU MPOAOJIKAETCS I10 TAKOM K€ CXeMe, KaK U B
MOICEMSIIOIBHOM KoJieHe. OmHaKo IIpU POCTe ITodera
rpoiiecc (OpMUPOBAHUS COCYINCTHIX ITyIKOB MIET I10
UHOI cxeMe. M3 cocyaucThIX My4YKOB (POPMUPYIOTCS
KOJIblIa, KOTOPhIE pacriojlaraloTcsl BHYTPpU CTBoOJIA I10
Kpyry. Bo Bpems muddepeHIpoBKHM IIpoKaMOusi B
COCYAMCThIE ITy4KW HeOOJbIIasl ITONYJISILs ero Kie-
TOK, pacHojoXeHHass MeXIy KCHIeMOi U (PIIOIMOIA,
COXpaHSIET CBOMCTBA MEPUCTEM, JaXKE €CJIM OHM HAaXO-
nartcs 3a mpeaeaamMu AMIT. Ot KiIeTKu nagyT Hayajio
BaCKYJISIDHOM MEpUCTEME — KaMOUIO. DTU IIPOMEXY-
TOYHBIE IIpoKaMOMaIbHBIC/KaMOUAIbHBIE KIETKA
MIPOIOJIKAIOT AEIUTHCS MEPUKINMHAILHO, YBEIUUMBAS
CBOE IOTOMCTBO U IIPOAYLUPYS KJIETKU KCUJIEMBI C
OIHOIT CTOPOHBI U KJIETKH (PJIOBMEL C IPYroii, odecrie-
yuBas TaKUM OOpa3oM HEOTpaHMUYEHHYIO CIT0CO0-
HOCTb paCTeHUSI K BTOpUYHOMY pocty [91, 98].

BTOPUYHBIE MEPUCTEMBEI
Kamoéui

M3BecTHO, YTO 3BOMIOLIMOHHO U (DYHKIIMOHAJIBHO
KOHCcepBaTUBHBIE Oenku cemeiictBa WUS u WOXS5
SIBJISIIOTCSL KIJTIOUEBBIMU (hbaKTOpaMu crelrUuKanmu
U MOIAEPp>XKaHUsS MOIYJSILIUU CTBOJIOBBIX KJIETOK BO
BCEX MepUCTeMax COCYIMCThIX pacteHuii [99]. B
KJIeTKaX MpPOKaMOusl/KaMOUsI 3KCIIPECCUPYETCS TeH
dakTopa WOX4, orpeaesiolero HUIIU CTBOJIOBBIX
KJIETOK COCYOOB, W €Tr0 TPAHCKPUIILIMS HaXOIUTCS
non KOHTpoJieM curHambHoro Kackama LRR—CLE.
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ITokazano, uto s3kcrpeccuss WOX4 Heobxonmma Iist
MpoJrdepai CTBOJOBBIX KJIETOK KaMOUsl, a He JJIs
3arpeTa ux guddepeHIMPoBKHU B Keuiemy [92]. On-
HAKO 13-3a CJIOXHOIO aHalr3a CKOPOCTEl MeJIeHUS
KJIETOK M B3aUMOOTHOILIEHHS KJIOHOB JIO CUX MOP HE
SICHO, KaK TEpMUHBI “CTBOJIOBAsI KJIETKa”, “HUINA” 1
“COCTOSTHIE TTOKOSI” MOXKHO IIPUMEHHUTh K KaMOUIO.
Tak unu nnave, nentunsl CLE41/42/44 (romojoru
TDIF apabunoncuca) NpoayLIUpyOTCsS B AUCTalb-
HOIT 30He KaMOMs, BKIriodast TuddepeHIINPOBAHHYIO
GJ105MY — TKaHb, ITPOU3BOTHYIO KaMOUSsI, TPaHCIIOP-
TUPYIOUIYI0O aCCUMWISITHI M CUTHAJIbHbIC MOJICKYJIbI
Ha O6onpime paccrosausd [93, 100]. lamee aTH 1er-
TUIOBI MepeMenIaloTess K HeanddepeHIMPpOBaHHBIM
KJIeTKaM KamOusa u cBs3biBaloTcse ¢ LRR-RLK
PHLOEM INTERCALATED WITH XYLEM (PXY,
oH e TDR), BbI3bIBasi MHAYKIMIO 3KCIIPECCUU
WOX4 [92, 93, 95, 100]. OnHOBpeMEHHO KOMIIJIEKC
PXY—CLE41/42/44 narubupyer nuddepeHIpPOB-
Ky KCHJIEMbI, KOTOpasi 00pa3yeTcs IIPOKCUMAJIbHO OT
KaMOUs 1 CIieLaIU3UpPYEeTCs Ha IIepeHOCe BOAbLI Ha
oosemme paccrossHus. MHrmonposanne nnddepeH-
LIUPOBKU KCHUJIEMBI, TIPOMCXOISIIEe HE3aBUCUMO OT
WOX4, HyxmaeTcsi B KOMIIOHEHTAaX CHUIHAJIbHOTO
Kackama O0paccuHoctepounoB (BR) [94]. MuTepec-
HO, yTo B AMK mnsa mongnepxanust coiict LIIT kac-
kan BR moikeH ObITh TpepBaH (paKTOPOM TPAHCKPUTI-
mu BRAVO [101]. IIpenmonaraercst, 94To ocnabiieHue
pmusiHUSI BR — 00111ast yepra HUII CTBOJIOBBIX KJIETOK
pacteHuii. TakuM 06pa3oM, cyabp0a CTBOJIOBBIX KJIETOK
MEPHUCTEMbI KaMOUsI, B OTJIMYME OT IOJOOHBIX KacKa-
1noB B AMIT nu AMK, obycioBiieHa aeiicTBEM peryJis-
TopHoro kackana PXY—CLE41/42/44. Bmecte ¢ Mony-
neMm PXY—CLE41/42/44 B nucTaiabHOI 30HE KaMOUSI
nerictByer Monyib LRR-RLK MORE LATERAL
GROWTHI1 (MOL1), KoTophlili mongaBisieT aKTUB-
HOCTBH CTBOJIOBBIX KJIeTOK, Kak CLV1 B AMII. B
npuHiure, MOL1 u CLVI] B3auMo3aMeHsIEMBI, T.€.
00JIagaloT OOWMHAKOBBEIM MEXaHMU3MOM JIEMCTBUS.
I[IpocTpaHCTBEHHBIE Pa3IWYUS B aKTMBHOCTU pe-
nenropoB LRR—RLK B kKaM011 MOXXHO OOBSICHUTH
JIBOMCTBEHHOCTBIO THPOMCXOXIACHUS 3TOM TKaHU
[102]. ITo 3aBMCMMOCTH OT ayKCHMHA KaMOWIi HaIlo-
muHaeT AMII — aykcuH HeoOXoauMm IS TIpojude-
palury KJIeTOK KaMOusi. BEICOKMIT ypOBEeHb CUTHAIOB
ayKCHHA BBISIBIIEH B CTBOJIOBBIX KJIETKAaX KaMOWS WA
pssnoMm ¢ HuMu [ 103, 104]. WOX4 aasieTcst mHTETrpa-
TOPOM JeiiICTBUSI ayKCHHA, POJIb KOTOPOTO HE 3aBU-
cut oT ctumysiuun monyineM PXY—CLE41/42/44 n
KaXXeTCsl aHAIOTMYHOU ayKCMH3aBUCUMOI aKTUBHO-
ctu WOXS5 [90, 103, 105].

ﬂamepaﬂbﬂble mepucmemal

PacteHus1 otim4yarTcs OT OOJBIIMHCTBA XKMBOT-
HBIX CLIOCOOHOCTBIO HAUMHATh HOBBIE ITUKJIbI pocraun
pa3BUTHUA, OCHOBAaHHOM Ha BOBHUKHOBEHUU U pa60—
T€ MCEPUCTEM BCTBJICHUA. Y ceMeHHbIX paCTCHI/Iﬁ
BETBJICHUE 00€CIEeUYNBAETCS IIasynmrHbIMU, UM JIaTC-
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panbHBIMU, MepucTeMaMu (JIM), KkoTopsie paciioiia-
raloTcs B Ia3yxe KaXkI0To JUCTa U pa3BUBAIOTCS B 60-
KoBBIe TT0Geru [106, 107].

AxmuerHocmb cmeoa08biX KAemoK
npu uHuyuauyuu 1amepaibHoulx mepucmem

JIM o06agaroT TeM Ke TTOTECHIIMAaJIOM Pa3BUTHS,
yto u AMII. UccnenoBaHus Ha pacTeHUSIX apaOu-
JIOTICYICAa M TOMATa, BEIIOJIHEHHBIEC C UCIIOIb30BaHM -
€M MeTOoa IIPYKM3HEHHOT0 MMUIKIHTA KJIETOK I1a-
3yXM JIMCTA, TToKa3aiu, 4To JIM nmpoucxoasT oT MoIry-
JISLIMU CTBOJIOBBIX KJ1eToK [108, 109]. B He3aBUCUMBIX
HCCICIOBAaHMSIX OOHAPYKEHO, YTO MPEeAIIeCTBE HHUKI
kietok JIM orkinagesiBaorcst B AMII nump 3a 7—9
KJIETOYHBIX aeeHuii 1o nHunuauuu JIM [109]. Cko-
POCTb IIeJIeHMSI KJIETOK-TIpeaiecTBe HHMKOB JIM oka-
3ajJ]JaCb HAMHOI'O HMXKE, YeM Yy KJIETOK, OKPYKaIOLIMX
OyIOyLIyI0 MOYKY, OOHAKO HENOCPEIACTBEHHO IIepen
dopmupoBanmeM JIM CKOpOCTh JIeJIeHUST YBETINBa-
ercs. B masyxe jmcra moaaepKUBaeTCsl TOITYJISILIAS
KJIETOK, B KOTOPBIX IIOCTOSIHHO 3KCIIPECCUPYETCS
Mapkep MepucteM STM, a TTIOTOMKH 3THX KJIETOK 00-
pasyioT mnasyiuiHbeie moyku [108]. Ymanenue nasepom
STM-3KCIpecCUpPYIOIINX KIIETOK, HO HEe COCEOHUX C
HUMH, HE IT03BOJISIO (DOPMHUPOBATHCS MoYKe. TakuM
obpazoM, STM-akcnpeccupytonue Kietku JIM yno-
BJICTBOPSIIOT KPUTCPUSIM CTBOJIOBBIX KJIETOK, IIO-
CKOJIbKY HaxomsATCs B HenmuppepeHIMPOBaHHOM CO-
CTOSTHUU, MOTYT I depeHIMPOBaThCS B CIIELIATIN -
3UpOBaHHbLIE KJICTKM M  MOTYT OCJIUTBCI C
o0Opa3oBaHNEM HOBBIX CTBOJIOBBIX KiIeTOK. OOHapy-
K€HO, YTO B MOMYJISIIMU CTBOJOBBIX KJIETOK KJIETOY-
HEBIC ICJICHMS IPOUCXOOAT B IBe (pa3bl, KOTOPHIE pa3-
Jgarorcd ypoBHIMHM 3Kcnpeccun STM. Ilepexon
MEXITY 3TUMU (ha3zaMy MPOUCXOAUT IO TaK Ha3blBae-
MO “IIOpPOroBOif MOJEIN”, COTJIACHO KOTOPOI I10/I-
nepxxaane skcrpeccun STM Ha HU3KOM YpOBHE ITPH
HU3KOM YPOBHE ayKCMHA HEOOXOAUMO, HO HE 10CTa-
TOYHO i1 MHUuManuu JIM, U JUlIb yBeJIUdYeHUE
skcrpecct STM npuBeneT K MHAYKIINA MTHALIMAIINHA
JIM [108]. TTo-BuguMoMy, HU3KUI yPOBEHB IKCITpEC-
cun STM u ayKcrmHA HEOOXOOUM IUISI TTOAACPKAHUS
COCTOSTHMSI KOMIIETEHTHOCTH CTBOJIOBBIX KJIETOK.
Knerku, nepecraBmine skcnpeccupoBath STM, yrpa-
YMBAIOT KOMIIETEHTHOCTb B OTHOILLIEHUM (pOpMUpPOBa-
HUST MEPUCTEMBI, IIOCKOJIBKY OHU HE YYBCTBUTEIbHBI
K JIOKAJIbLHOMY TIOBBILIEHUIO akKTuBHOCTU STM Ha
OoJiece MO3OHUX cTagusix. B 3Toii xke paboTe rmokasza-
HO, uTo B omtmuue oTr AMIT n AMK, ymaneHue cTBo-
JIoBBIX STM-nipoayLupyloux KjaeTok B JIM nojHo-
CThIO TIpensITCTBOBaJIO (PopMUPOBaHUIO Mouku [108].

INoBrimenHas skcrpeccuss STM npuBOIUT K aK-
TUBALUU JEJICHUI KOMIIETEHTHBIX KJIETOK U (hOpMHU-
pOBaHNIO MOP(POIOrMIECKM 3aMeTHOTO Oyropka. [a-
Jnee misa oopazoBanus HoBoro OLl ammukambHOIT Me-
pucTeMbl OOKOBOro Tobera akKTMBUpYeTCsl de novo
skcnpeccuss WUSCHEL (WUS) [110, 111]. Dkcmpec-
cuss CLAVATA3 (CLV3), mapkepa CTBOJOBBIX KJie-
Ne 2
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TOK, CTAHOBUTCSI 3aMETHOIT Yepe3 OAWH IIACTOXPOH
(oTpe30K BpeMEHU MeXAy oOpa3oBaHHEM arieKCoM
nmobera AByX ITOCJICAOBATEILHBIX MPUMOPAUEB) II0-
cie akcnpeccun WUS, a WUS HenmocpeICTBEeHHO aK-
tuBupyetr CLV3 [112]. Takum oOpa3om, MosIBJICHUE
monyiss WUS—CLV3 nokasbeiBaeT, urto misd JIM xa-
pakTepHBI Te Xe CTPYKTypa U MOTEHIINA pa3BUTHSI,
yto u'y AMII.

Pecynsyus unuyuayuu 1amepasvHbix
Mepucmem ayKCUHOM

M3BecTHO, UTO ayKCUH UTPaeT KIIFOYEBYIO POJIb B
pa3BUTUU pacTeHuii, 1 uHuMauus JIM B nmpoluecce
BEreTaTMBHOTO POCTa MPOUCXOIUT MPU MUHUMATb-
HOI KOHIIEHTpaluu aykcuHa [55, 113—115]. U, coot-
BETCTBEHHO, KTOIMWYECcKasi TMNEepHpOAyKIIUs ayK-
CHHa B T1a3yxe JUCTa MHTHOMpyeT nHNOnanuo JIM,
TOTIa KaK 9KTOMMYeCKOe MHIMOUpoBarue ayKCMHOBO-
r'o CUTHaJ1a MPpUBOAUT K 00pa30BaHUIO JOTIOJTHUTE b~
HbIX O0KOBBIX MoYeK. HU3Kuit ypoBeHb ayKCUHa Bbl-
3bIBaeT hpopMupoBaHue JIM B pesyibraTe peryasiiuu
skcnpeccun STM [108]. IloBwiireHue ke cHMHTE3a
ayKCHHa ocTaHaBjiuBaeT nubbhepeHIUPOBKY CTBO-
JIOBBIX KJIETOK.

TeHHbzepeeyﬂﬂmoprle cemu, omeemcmeeHHble
3a UHUUUauuro a1amepaabHblxX Mepucmem

®opmupoBanue JIM y A. thaliana peryiupyercs
HECKOJBKVMMHU I'eHaMM, KOOUPYIOIIUMU TakKue (ak-
topsl TpaHckpumnuuu, kKak CUP-SHAPED COTY-
LEDON (CUC), LATERAL SUPPRESSOR (LAS),
REGULATOR OF AXILLARY MERISTEMS
(RAX) u REVOLUTA (REV) [106, 107, 116]. IToka-
3aHo, 4To dakTop TpaHckpunuuu REV perynupyer
aKcIIpeccHio Mapkepa Mepuctem STM [117]. Heno-
CpEICTBEHHO Itepen HadajioM (opmupoBanus JIM
JloKkaibHO TipoayuupyemMbiii REV akTuBupyer akc-
npeccuio STM B neHnTpe nasyxu yjucrta [108], mpu
9TOM [Jisl MOAAEepPKaHUS IIOBBIIIEHHOTO YPOBHS
REV tpeodyercsa daktop LAS [118]. AkTuBanus aKkc-
npeccurd STM 3aBUCHUT OT yK€ CYIIECTBYIOIIETO €0
YPOBHSI 1 TAKKE HYKIIAETCS B IIOIXOASIIEM SIUTCHE -
TU4YeckoM ctatyce. Ha rpaHuiiax npyuMopaues B JIO-
Kyce STM Ha6monaloTcss MogudUKaIMy XpoMaTHa,
MPUBOISIIIME K aKTUBALMU €ro TPaHCKPUIILINU, TO-
I7la KaK BO B3POCJIBIX JIUCThSIX XPOMATHUH B 3TOM JIOKY-
ce MOIU(pUIIMPOBaH TaKUM 00pa30oM, YTO TPAHCKPUII-
mus 3arpynHeHa [108]. HiautenbHass sKTOIMYecKast
akcrnpeccuss REV momnepxxuBaer, a B JajabHei1emM
aKTUBHUpPYET SKTOIMYECKylo sKcrmpeccuto STM Ha
BEpPXHEM CTOPOHE B3POCJIOIO JIMCTA, YTO MPUBOAUT K
GopMHPOBaAHMIO TaM SKTomuecKoii JIM.

Jlpyroit Kiro4eBoOil peryasitop, OTBETCTBEHHBII 3a
dopmuposanue JIM — RAX1 [119, 120]. dakrtop
tpaHckpunuuu EXCESSIVE BRANCHESI (EXBI)
9KCIPECCUPYETCS B TTA3yXE JINCTA U HAMPSIMYIO aKTH-
BUpyeT 3Kcrpeccuio RAX1, mpu 3ToM cBepXaKCIIpec-
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cust EXB1 ipiBOINT K MOSIBIIEHUIO “KyCTHCTOTO” (pe-
Hotuna [121]. U3BecTHO Takxke, YTO MpU Mepexolie K
LBETCHUIO PETYJISITOP MACHTUYHOCTH (DiopaabHOMK
mepucteMbl LEAFY (LFY) HemocpeacTBEeHHO aKTH-
Bupyet 3kcrpeccuio RAX1 [122]. OgHako MMIIEHU
RAX1 He ycTaHOBJIEHBI, HO-BUANMOMY, OJTHA U3 HUX —
reH REGULATOR OF AXILLARY MERISTEM FOR-
MATION (ROX) apabunoricuca, optojor reHa LAX
PANICLE]I puca u reHa STALKI KyKypy3bl, IO-
CKOJIbKY Y PacTeHMIA, MyTAaHTHBIX 110 TeHy RAX, sKc-
npeccust ROX He ooHapy:xeHa [123].

Peeyasuyus gpopmupoganus ramepanvubix
Mepucmem UUmoOKUHUHOM

IToMuMO HU3KOTO coaepKaHUSI ayKCUHA B OKPY-
XeHuu oynyieit JIM, nepen ee popMupoBaHUEM Ha-
OJrroaeTCd MOBHIIIIEHME YPOBHS IIMTOKMHWHA [114].
IMokazaHo gaxe, YTO TUMIEPIPOAYKIIUS TUTOKUHUHA
B Ia3yXe JIMCTAa YaCTUYHO KOMIIEHCUpOBaJia 1eeKThI
nHNIannn JIM B rax-myTaHTax. DKCIIPECCUPYIO-
muiics B Ol dakTop TpaHckpuniu WUS ydacTBy-
€T He TOJIBKO B (popmupoBanuu AMII B amOpuoreHe-
3€, HO OH, KaK 1 €ro opToJIoT y puca, HEOOXOAUM LIS
dopmupoBanusg JIM [110, 111, 124, 125]. Bo Bpems
uHulMauuu JIM UMTOKUHUH B Ma3yxe JIMCTa aKTH-
pupyetT 3kcripeccuro WUS de novo [110]. I1pu aToMm ¢
mpomMotopoM reHa WUS HermocpeACTBEHHO CBSI3bIBa-
IOTCS aKTUBATOPbI TPAHCKPUTILIMU LIUTOKMHUHOBOTO
nytu ARABIDOPSIS RESPONSE REGULATOR
(ARR) tumna B [126]. Kak u B cityuyae STM, mjist orpa-
HuueHust akcrnpeccun WUS 0061acTbio MEpUCTEM C
yX€ YCTaHOBJIEHHBIM OIIpe/eIEHHbIM YPOBHEM 2KC-
npeccun STM HE0O0XOIMMO COOTBETCTBYIONIEE IITU-
FeHETUYECKOE OKPYKEHUE.

CraenyeT OTMETUTD, YTO T€ XK€ PEryISITOPHBIC LENn
OTBETCTBEHHBI M 3a “BHEypoyHOe” (hOpMUpPOBaHUE
MEpHCTEeM, HarIpuMep, ocJe oBpexkaeHmii [ 127, 128].
OcTaeTcst OTKPBITBIM BOIIPOC O IIPUPOAE CUTHAJIOB I10-
JIOKEHUSI, KOTOpbIe OOYCJIABIUBAIOT PA3IMUMST MEXKIY
KJIETKAMU I1a3yXy JIMCTa U COCEMHUMMU TuddepeHIIm-
POBAaHHBIMU KJIETKAMHU, a TAKXKE MOMICPKMBAIOT CO-
CTOSTHUE KOMITETEHTHOCTH CTBOJIOBBIX KJIETOK. JIpyroii
BaXXHbBIII BOIIPOC 3aKJIIOYAETCSI B TOM, KaK MEHSIETCSI
perynsuus uHuuManuu JIM mnocie riepexonia K 1BeTe-
HHI0, 0COOEHHO B Ia3yXax cTe0JIeBbIX IUCTheB. CyIlie-
CTBEHHO, 4YTO IIOCJIC IepeXoaa K LIBETCHUIO ACUCTBY-
eT OPyTroil MEXaHM3M DPETYJISIIUN BIMSHUS ayKCHHA.
Hanpumep, u3BecTHO, YTO MaKCUMAaJIbHBII YPOBEHb
ayKCHMHA HeOOXOIUM JIs1 BETBJIICHUSI COLIBETUI Y Ky-
Kypy3bl [129, 130] u apadbunmonicuca [131]. Takke u3-
BECTHO, YTO JJ1s1 nHULIManuu JIM Ha BereTaTUBHbBIX U
PEIIPONYKTUBHBIX CTAIMSIX HEOOXOAMA SKCIPECCUSI
pa3HbIX HabopoB reHos [106, 132].

Ananoeus ¢ pecyassmopruimu KAcKkadamu y #CUGOMHbIX

D,J'ISI nognepKaHusAa COCTOAHMA INTIOPUIIOTCHTHO-
CTH CTBOJIOBBIM KJI€CTKaM >KHMBOTHBIX Tpe6YIOTC$[
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YCJIOBHSI TUIIOKCHUM, TOTIA KaK ITOBBIIIICHUE MapIIiyi-
aJIbHOTO JABJICHUSI KUCIOpOAa MPUBOIUT K UX AUd-
depenposke [133]. HenaBHO ¢ TTOMOIIBIO TEHETU-
YeCKMX METOOOB U CBEPXUYBCTBUTEIILHBIX M3MeEpe-
HUI KOHIIEHTPAILlMM KMCI0poaa ObLIO IT0Ka3aHo, YTO
B AMII cTBOJIOBBIE KJIETKA PACTEHUWI TaKkKe HaXO-
ISITCS B 30HE TUTIOKCUM [ 134], 1 conep:kaHme KUCITO-
polla urpaeT CyILIECTBEHHYIO POJIb B peryJisiiuu hop-
MUPOBaHUS JTUCTheB. OOHAPYKEHO, YTO B YCIIOBUSIX
TUTIOKCUH, B KOTOPBEIX Haxomsatcd AMII, marnounpy-
eTcs ITyTh IpoTeonn3a o6enka ZPR2, koHTpoaupyio-
ILIEro aKTUBHOCTD (pakTopa TpaHckpunuuu HD-ZIP
111, TakM 06pa3oM peryampyeTcs aKTUBHOCTH IT00e-
roBbeIx MepucteM [53]. Tak mokazaHo, YTO KUCJIOPO/I,
Kak qud¢y3HbIii (pakTop, BOBJICUEH B KOHTPOJIb aK-
TUBHOCTH CTBOJIOBBIX KJIETOK PACTEHMIA, JKUBYIIIUX B
a’pOOHBIX YCIOBUSIX, 1 JIOKAJILHOE COAEPKaHME KUC-
JIopoja B TKaHSX BIMSIET Ha pa3BUTHUE pacTeHuii. Ha
MOJIEKYISIPHOM YPOBHE POJIb KMCIOPOAa OObETUHSIECT
COCTOSIHUE METa00JIMYEeCKOM aKTUBHOCTU U PeryJisi-
LIAIO Pa3BUTUSI PACTCHUIA.

Okazajioch, YTO IIOMMMO TOPMOHOB, B CyIh0Oe
CTBOJIOBBIX KJIETOK pacTeHUIA NPUHUMAET ydacTue
IPEBHUI KOHCEPBATUBHBIA KWHA3HBI KOMILIEKC
TARGET OF RAPAMYCIN (TOR), u3BecTHBIiT Kak
OCHOBHOI1 PEryJsITop OEJIKOBOrO CUHTE3a 1 KJIETOU-
HOM TIposmdepany BCEro XUBOro. MHOTOYMCIIEH-
HbIe ccaenoBaHus JoKa3biBaloT, 4To TOR BoBieueH
B peryisauuio TpaHckpunuuu WUS, u ero akTus-
HOCTb HEeOOXoauMa ISl ITOMAepPXXKaHWsS MHOIYJISIIIAN
CTBOJIOBBIX KJIeTOK B AMII [75, 135—138]. I1pu nipo-
pactanum 3kcrpeccust WUS TOIMONMHUTETEHO UHIY-
UPYETCsI SHEepTrueit cBeTa, 1 IJIsk TOro Heo0Xommma
akTuBHOCTb TOR. MoXHO npeacTaBuTh, 4TO, BEPO-
SITHO, CBET MHAYLMPYET CUHTE3 ayKCUHA, UHTUOUPYS
E3-nmurazy CONSTITUVE PHOTOMORPHO-
GENIC 1. AykcuH akTuBupyeT Maiylo Rho-110100-
Hyto GTPa3zy ROP2, koTopasi, B CBoIO o4yepenb, aKTH-
BupyeT TOR [139, 140]. I1penronaraeTcsi, YTO Ha Cie-
JIYIOIIUX CTagusIX CUTHAJIOM K Pa3BUTHIO PACTESHUS
SIBIISIETCS Tperano3a-6-ocdaT, MHIMOUPYIOIINI KU-
Ha3zy SnRK1 — anraronncra TOR SUCROSENON-
FERMENTING-1 (SNF1). Takum obpa3om paspe-
IIIaeTCs Iepexo K HBeTeHuIo [141].

IIpennonaraercst takxke, ytro TOR urpaer poib
MHTErpaTopa ropMOHAJILHOI'O cTaTyca pacteHuii. Bo
BpEMsI CTpecca, HallpuMep TPy TOJIONAHNUM, MHIYIIY -
pOBaHHbIE PEeLENTOPbl A0CIIM30BOM KMUCIOTHI U (oc-
¢araza PP2C aktuBupyior kuHazy SnRK2, xoropas
dochopumupyer RAPTOR, perynsitopHyio cyobenm-
Huuy TOR-koMILiekca, HEOOXOIUMYIO 151 BBIITOJIHE-
HUSI UM KMHa3HOi1 pyHKIuK. Takoe (pochopmimpoBa-
Hue nipuBoauT K auccouuraniii RAPTOR or TOR, yto
WHTUMOMpPYET ero KMHa3HYyl0 aKTUBHOCTL. [Ipu 6aro-
MPUSTHBIX YCIOBUSIX, HarmpoTuB, TOR dochopunupy-
eT pelenToOpbl aOCIIM30BOM KWCJIOTHI M WHTUOMpPYET
aktuBHOCTh SNRK2 [142]. MHayKLuMs Duccoldalvy
komiuiekca TOR aOcum30B0li KMCIIOTOM CIIYXKUT MO-
JIeJIbIO KOJIMYECTBEHHOIO PABHOBECHSI MEXKIY Pa3JIny-
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HbIMU cuTrHanmaMu. [ToMuMo HeTaTUBHON pPeryIsaiun
TPAHCKPUMILIMOHHBIX CETEH C yyacTueM adCIM30BOM
KUCIIOThI, KoMIiekec TOR MHrubupyert u Kackaibl C
y4acTHEM >KAaCMOHOBOM M CAIMIIMIOBOM KHCJIOT
[143—145].

N3BecTHO, YTO (PUTOrOPMOHBI OKA3BIBAIOT BIIMSI-
HY€ U Ha XKUBOTHBIC KJIETKM, MIPUYEM peaklus Ha
HUX CO CTOPOHBI (KMBOTHOT'O OPTaHM3Ma MOXET ObITh
Kak OJaroIIpusITHOM, TaK M HETaTUBHOM, BBIpPaXKaro-
1IECS B TYMOPOT€HHOM AE€MCTBUU, UHAYKLIMNA OKUC-
JIMTEILHOTO CTPEeCCa, BOCHAJIMTEILHEIX U aJlJIepTude-
cKuX peakuuii [146]. B yacTHOCTH, 3K30TreHHas1 abc-
1IM30Basi KUCJIOTa CTUMYJIMpPYET Mpoaudepanuio u
MOJIBIKHOCTh ME3E€HXUMHBIX CTBOJIOBBIX KJIETOK YEJI0-
BeKa, KyJTbTUBHUPYEMBIX in vitro. Kpome Toro, 3TOT rop-
MOH IOJABJISIET Mpoardepalnio KJIETOK JIeiKo3a Mbl-
IIeii, CHIDKAET KM3HECITOCOOHOCTh 1 BBI3BIBACT MU~
(bepeHLIMPOBKY JIMHUU KJIETOK TeNaTOLIECJLTIONSIPHOM
KaplIMHOMbI 4eJIOoBeKa, MHTUOUPYsl SKCIPECCUIO Te-
HOB-MapKEpPOB CTBOJIOBBIX KJIETOK, YCWJIMBAasi 3KC-
MPECCUIO Kacrasbl-3 M MHAYIMpys aronTo3. O0Hapy-
>K€HO, YTO YaCTh CUTHAJIbHBIX MyTel aOCIIM30Bast KUC-
JIOTa IEJINT C IIPOU3BOMHBIMU PETUHOEBOII KUCIIOTEL
CrpyKTypa abCIIM30BOM KUCIOTHI CXOIHA C YKOPOYEH-
HOM CTPYKTYpPOM PETUHOEBOM KUCJIOTBI, U Y PACTEHUIA
OHa CHMHTE3UPYETCs 110 MyTU, IIOX0XEMY Ha IMyTh CUH-
Te3a peTrHOeBOil Kuciiothl [147]. UHTepecHO, YTO
>KaCMOHAThl TaKXK€ OKa3aJuCh CIIOCOOHBI yOMBaTh U
MOAABISAITh PAKOBBIE KJIETKH, HO “He TporaTh’ HOpP-
MaJjibHbIe [146, 148]. Kak 3To IIpoMCcX0auT —IOKa He
J10 KOoHIIa MOHATHO. IIpemioXkeHo HECKOIbKO MeXa-
HU3MOB, HAIIpUMEp, NEICTBE HA MUTOXOHIPUMU, 3a-
IIyCK BHYTPU KJIETKU peaKIMii, IIPUBOISIINX K TeHEe-
paluM akKTUBHBIX (popM Kuciopoaa (mpexiae Bcero,
MEepOKCHUAA BOOOPOIA), B pe3yjbTaTe 4ero KJIeTKa
OyKBaJIbHO CTOpPAET B OKUCIUTEIbHOM moxkape. Jpy-
rOii BO3MOXHBII MEXaHU3M, KaK U B CJIydae C peTU-
HOEBOI 1 aOCLIM30BOI KMUCJIOTaMM, 3aKJII04aeTcs B
TOM, 4YTO IIPOILIECC 3JI0KAYECTBEHHOIO IIEpEepOXIe-
HUSl obOpallaeTcsl BCIsAITh — HeauddepeHInpoBaH-
Hasl KJIETKA CHOBAa BCTAaeT Ha IIyTh CHELMAIU3alIN.
IToxazaHo, YTO JKaCMOHATHI, CIIOCOOCTBYS YCUJICHUIO
BTOPUYHOTO POCTa CTBOJIA, yYaCTBYIOT B CUTHAJIbHOM
Kackaje, oIlpeaesiolieM OajgaHC MexXay npojmde-
paumeit n1 mup@EepeHINPOBKON KIETOK COCYIOB VY
apabunoricuca [95].

M y pacteHuii, U y (KUBOTHBIX TOPMOHbBI KOHTPOJIU-
PYIOT KaXIIylo CTaauio Pa3BUTUSI CTBOJIOBBIX KJIETOK,
BKJIIOYasl crnelnduKaluoo, moauaepxanue u audde-
PEHIIMPOBKY, NTPUYEM UX JEUCTBUE MOXET ObITH pa3-
JuuyHbIM. Hanmpumep, pacTuteabHble TOPMOHBI LIUTO-
KUHUH U ayKCUH OCYIIECTBIISIIOT PYKOBOACTBO (PYyHK-
IMOHMPOBAHUEM CTBOJIOBBIX KiieToK B AMIT 1 AMK,
UX crienpuKalmeit, a Takxke MOTyT KOHTPOJIMPOBaTh
ux nuddepeHIMpoBKy. TakuM ke o0pa3oM TUPEOU -
Hbl€ TOPMOHbBI KOHTPOJUPYIOT MOP(OTeHe3 KUIIIEUHU -
Ka y MbIIIEi, BIUSISI HA TTOAJepXKaHUE CTBOJIOBBIX KJle-
TOK KPMIIT U TIporepalrio CTBOJOBBIX KJIETOK 3IU-
Temud [1].
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Baxmneiiiiee pasnumyne MeXmy paCTeHUSIMU 1 K1 -
BOTHBIMU KpoOeTcs B cdepe TUIIOPUITOTEHTHOCTH —
Jaxke BHE HMII CTBOJOBBIX KJIETOK MHOTHE PacTh-
TeJIbHBIC KJIETKN CITOCOOHBI K ITeanddepeHIINPOBKE,
BO3BpaTy K Ipojudepali 1 B COCTOSIHUE TUIIOPU-
IMOTEHTHOCTU, YTO HAOIIOMAETCS ITOC/IE OOIIMPHOI
TpaBMBI WM B KyJIbType TKaHeil. UMeHHO I103ToOMY
CUMTAETCS, UTO KOHILEMNIINS CTBOJOBBIX KJIETOK pac-
TEHUI1 TOJKHA OBITh CYIIIECTBEHHO MEpeCcMOTpeHa, U
CTBOJIOBBIMM IOJDKHBI CUMTAThCS BCE KIJIETKM, CIIO-
coOHBIe (hOpMUPOBATH 3aAPOABIIIIHN if Vivo WU in Vitro
(BKJIIOYasi 3UTOTY), BHE 3aBUCUMOCTH OT UX pacojio-
xeHus [ 149]. CornmacHo 3TOMy MHEHMIO, 3UTOTA JOJDK-
Ha CUMTATbhCSl CTBOJIOBOI KJIETKOM MEPBOrO IOPsIAKa,
WIN TIPOTEHUTOPHOM CTBOJIOBBINA KJIETKOMU. [Tpu aTOM
3UrOTa HAXOOUTCS B OCOOOM MHMKPOOKPYXKEHHU, OHA
MOXKET JEUThCS U (hOPMUPOBATH HECKOJIBKO 3MOPHO-
HOB, OJIHAKO OHa He 00JIaJaeT ClIOCOOHOCTBIO K cCaMO-
nomaepkaHuio (TO Xe€ CBOMCTBEHHO M SMOpPHOHAJIb-
HBIM CTBOJIOBBIM KJIETKAM KMBOTHBIX). IIpm 3TOM,
IJIAaBHBIM JIOBOJIOM CYMTATh SMOPUOHAJIBHEIC CTBOJIO-
BBIE KJIETKM >KMBOTHBIX CTBOJIOBBIMU KJIETKAMM SIBJISI-
€TCsl UX CIIOCOOHOCTD K CaMOITOIIeP>KaHUIO B OIpee-
JIEHHBIX YCJIOBUSIX N Vitro.

OKCIepUMEHThI MO in Vitro pernporpaMMupoBa-
HUIO IUddepeHINPOBAHHBIX KIETOK XWBOTHBIX
MPEeAOCTaBUIN BO3MOXKHOCTD HE TOJILKO JJISI TOTEH-
LIMaJIbHOM TepaInuu, HO U JJIsl UCCIIEIOBaHUS MOJie-
KYJISIPHBIX MEXaHU3MOB IUTIOPUITIOTEHTHOCTU Ha OC-
HOBE CpaBHUTEJNIbHOro aHanuza. OOHapyxXeHUe
omnpeaesieHHbIX MOAU(pUKaUii THCTOHOB B HEAU(D-
¢depeHIIMPOBaHHBIX KJIETKAX, 3HAYMUTEJIbHbIE BTU-
reHeTM4Yeckrue MoauduKaluu B Mpolecce penpo-
rpaMMUpPOBaHUS, aKTUBALIUS JlealleTUua3 TMCTOHOB
MPYU WHAYKIMU CTBOJIOBBIX KJIETOK CIEelU(DUUHBIM
UIsT pacTeHWl ¢dakTopoM TpaHckpuniuu WOX,
MMO3BOJIMJIU TTIOHSTh, Ha YTO HY>KHO 00paTUTh 0CO00e
pHuMaHwue [81, 150, 151]. B KoHeYHOM UTOTe 3Ta UH-
¢dopmaliusi MO3BOJUT BBISIBUTH MEXaHU3MbBI €CTe-
CTBEHHOTO O0TOOpa, IeiiCTBOBABIIIME B IIPOLIECCE IBO-
JIIOLIMM HA OCHOBHBIE KJIETOUHBIE CUCTEMbI BCEX BBIC-
IIUX OPraHM3MOB, BKJIIOUas YeJI0BeKa.

Hammicanue Hacrosimero o63opa He moTpedoBajIo
CHeLaIbHOTO (PUHAHCUPOBAHUS.

Pabota He colepXUT KaKuX-JI100 MCclieJoBaHUA
C YYacTHEM JIIOJIEI NN JKMBOTHBIX B KA4ECTBE O0BEK-
TOB MCCJIEIOBAaHUMA.

ABTOpBI 3asIBJISIIOT 00 OTCYTCTBMU KOHGMJIUKTA
WHTEPECOB.

CIIMCOK JIUTEPATYPBHI

1. Heidstra R., Sabatini S. (2014) Plant and animal stem
cells: similar yet different. Nat. Rev. Mol. Cell Biol. 15,
301-312.

2. Greb T., Lohmann J.U. (2016) Plant stem cells. Curr.
Biol. 26, R816—R821.

MOJIEKVJIAPHAA BUOJIOTUA  tom 54  Ne 2

2020

3.

10.

11.

12.

13.

14.

15.

16.

17.

3y6oB d.A. (2016) CTBOJIOBBIE KJIETKM PACTEHUI U
KMBOTHBIX: IBE€ CTOPOHBI OomHOI1 Menanu. Yactp 1.
Tenvt u kaemxu. 11(3), 14—22.

. 3yooB JI.A. (2016) CTBOIOBbIE KJIETKM PACTEHUI U

XKABOTHBIX: IBE CTOPOHBI OOHOM Memanu. Yacte 2.
Tenst u knemru. 11(4), 6—17.

. Gaillochet C., Lohmann J.U. (2015) The never-end-

ing story: from pluripotency to plant developmental
plasticity. Development. 142, 2237—2249.

. Maximow A. (1909) Der Lymphozyt als gemeinsame

Stammzelle der verschiedenen Blutelemente in der
embryonalen Entwicklung und im postfetalen Leben
der Siugetiere. (Demonstrationsvortrag, gehalten in
der ausserordentlichen Sitzung der Berliner Himatol-
ogischen Gesellschaft am 1. Juni 1909). Folia Haema-
tologica. 8, 125—134.

. Honyesa U.E., Teoporona B.E., Azapaxi M., Jlebe-

neBa M.A., JIyroBa JI.A. (2016) CTtBoNOBBIE KIIETKU
pacTeHuii: eTMHCTBO U MHOTroobpasue. Basuiosckuil
acypHan eenemuku u ceaekyuu. 20, 441—458.

. Schofield R. (1978) The relationship between the

spleen colony-forming cell and the haemopoietic stem
cell. Blood Cells. 4, 7—25.

. ten Hove C.A., Lu K.J., Weijers D. (2015) Building a

plant: cell fate specification in the early Arabidopsis
embryo. Development. 142, 420—430.

Pfeiffer A., Janocha D., Dong Y., Medzihradszky A.,
Schone S., Daum G., Suzaki T., Forner J., Lange-
necker T., Rempel E., Schmid M., Wirtz M., Hell R.,
Lohmann J.U. (2016) Integration of light and meta-
bolic signals for stem cell activation at the shoot apical
meristem. Elife. 5, ¢17023.

Furuta K.M., Hellmann E., Helariutta Y. (2014) Mo-
lecular control of cell specification and cell differenti-
ation during procambial development. Annu. Rev.
Plant Biol. 65, 607— 638.

Zhang J., Nieminen K., Serra J.A., Helariutta Y.
(2014) The formation of wood and its control. Curr.
Opin. Plant Biol. 17, 56—63.

De Rybel B., Mahonen A.P., Helariutta Y., Weijers D.
(2016) Plant vascular development: from early specifi-
cation to differentiation. Nat. Rev. Mol. Cell Biol. 17,
30—40.

Wang Q., Hasson A., Rossmann S., Theres K. (2016)
Divide et impera: boundaries shape the plant body and
initiate new meristems. New Phytol. 209, 485—498.

Vilches-Barro A., Maizel A. (2015) Talking through
walls: mechanisms of lateral root emergence in Arabi-
dopsis thaliana. Curr. Opin. Plant Biol. 23, 31-38.

Reddy G.V., Heisler M.G., Ehrhardt D.W., Meyero-
witz E.M. (2004) Real-time lineage analysis reveals
oriented cell divisions associated with morphogenesis
at the shoot apex of Arabidopsis thaliana. Development.
131, 4225—4237.

Reinhardt D., Frenz M., Mandel T., Kuhlemeier C.
(2003) Microsurgical and laser ablation analysis of in-
teractions between the zones and layers of the tomato
shoot apical meristem. Development. 130, 4073—4083.



198

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

BOPOHUWHA, IMIIEHHWKOBA

Gruel J., Landrein B., Tarr P., Schuster C., Refahi Y.,
Sampathkumar A., Hamant O., Meyerowitz E.M.,
Jonsson H. (2016) An epidermis-driven mechanism

positions and scales stem cell niches in plants. Sci. Adv.
2,22-24.

Zhao Z.., Andersen S.U., Ljung K., Dolezal K., Miotk A.,
Schultheiss S.J., Lohmann J.U. (2010) Hormonal
control of the shoot stem-cell niche. Nature. 465,
1089—1092.

Kurakawa T., Ueda N., Maekawa M., Kobayashi K.,
Kojima M., Nagato Y., Sakakibara H., Kyozuka J.
(2007) Direct control of shoot meristem activity by a
cytokinin-activating enzyme. Nature. 445, 652—655.

Besnard F., Refahi Y., Morin V., Marteaux B.,
Brunoud G., Chambrier P., Rozier F., Mirabet V.,
Legrand J., Laine S., Thévenon E., Farcot E., Cellier C.,
Das P., Bishopp A., Dumas R., Parcy F., Helariutta Y.,
Boudaoud A., Godin C., Traas J., Guédon Y., Ver-
noux T. (2014) Cytokinin signalling inhibitory fields
provide robustness to phyllotaxis. Nature. 505,
417—421.

Muller B., Sheen J. (2008) Cytokinin and auxin inter-
action in root stem-cell specification during early em-
bryogenesis. Nature. 453, 1094—1097.

Hay A., Tsiantis M. (2010) KNOX genes: versatile reg-
ulators of plant development and diversity. Develop-
ment. 137, 3153—3165.

Long J.A., Moan E.I., Medford J.I., Barton M.K.
(1996) A member of the KNOTTED class of home-
odomain proteins encoded by the STM gene of Arabi-
dopsis. Nature. 379, 66—69.

Hake S., Smith H.M. S., Holtan H., Magnani E.,
Mele G., Ramirez J. (2004) The role of knox genes in
plant development. Annu. Rev. Cell Dev. Biol. 20, 125—151.

Landrein B., Kiss A., Sassi M., Chauvet A., Das P.,
Cortizo M., Laufs P., Takeda S., Aida M., Traas J.,
Vernoux T., Boudaoud A., Hamant O. (2015) Me-
chanical stress contributes to the expression of the
STM homeobox gene in Arabidopsis shoot meristems.
elLife. 4, 1-27.

Heisler M.G., Ohno C., Das P., Sieber P., Reddy G.V.,
Long J.A., Meyerowitz E.M. (2005) Patterns of auxin
transport and gene expression during primordium de-
velopment revealed by live imaging of the Arabidopsis
inflorescence meristem. Curr. Biol. 15, 1899—1911.

Long J., Barton M.K. (2000) Initiation of axillary and
floral meristems in Arabidopsis. Dev. Biol. 218, 341—
353.

Chung Y., Zhu Y., Wu M-F., Simonini S., Kuhn A.,
Armenta-Medina A., Jin R., Ostergaard L., Stewart
Gillmor C., Wagner D. (2019) Auxin response factors
promote organogenesis by chromatin-mediated re-
pression of the pluripotency gene SHOOTMERI-
STEMLESS. Nat. Comm. 10, 886.

Mayer K.F., Schoof H., Haecker A., Lenhard M., Jiir-
gens G., Laux T. (1998) Role of WUSCHEL in regu-
lating stem cell fate in the Arabidopsis shoot meristem.
Cell. 95, 805—815.

31.

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

44,

MOIJIEKVJIAIPHAA BUOJIOTUA

Schuster C., Gaillochet C., Medzihradszky A., Busch W.,
Daum G., Krebs M., Kehle A., Lohmann J.U. (2014)
A regulatory framework for shoot stem cell control in-

tegrating metabolic, transcriptional, and phytohor-
mone signals. Dev. Cell. 28, 438—449.

Daum G., Medzihradszky A., Suzaki T., Lohmann J.U.
(2014) A mechanistic framework for noncell autono-
mous stem cell induction in Arabidopsis. Proc. Natl.
Acad. Sci. USA. 111, 14619—14624.

Yadav R.K., Perales M., Gruel J., Girke T., Jonsson H.,
Reddy G.V. (2011) WUSCHEL protein movement
mediates stem cell homeostasis in the Arabidopsis
shoot apex. Genes Dev. 25, 2025—2030.

Gordon S.P., Chickarmane V.S., Ohno C., Meyero-
witz E.M. (2009) Multiple feedback loops through cy-
tokinin signaling control stem cell number within the

Arabidopsis shoot meristem. Proc. Natl. Acad. Sci.
USA. 106, 16529—16534.

Ohyama K., Shinohara H., Ogawa-Ohnishi M., Mat-
subayashi Y. (2009) A glycopeptide regulating stem cell
fate in Arabidopsis thaliana. Nat. Chem. Biol. 5, 578—
580.

Fletcher J.C., Brand U., Running M.P., Simon R.,
Meyerowitz E.M. (1999) Signaling of cell fate deci-
sions by CLAVATA3 in Arabidopsis shoot meristems.
Science. 283, 1911—-1914.

Xu C., Liberatore K.L., MacAlister C.A., Huang Z.,
Chu Y.-H., Jiang K., Brooks C., Ogawa-Ohnishi M.,
Xiong G., Pauly M. (2015) A cascade of arabinosyl-
transferases controls shoot meristem size in tomato.
Nat. Genet. 47, 784—792.

Ogawa M., Shinohara H., Sakagami Y., Matsubayashi Y.
(2008) Arabidopsis CLV3 peptide directly binds CLV1
ectodomain. Science. 319, 294—294.

Shinohara H., Matsubayashi Y. (2015) Reevaluation
of the CLV3-receptor interaction in the shoot apical
meristem: dissection of the CLV3 signaling pathway

from a direct ligand-binding point of view. Plant J. 82,
328—-336.

Bleckmann A., Weidtkamp-Peters S., Seidel C.A., Si-
mon R. (2010) Stem cell signaling in Arabidopsis re-
quires CRN to localize CLV2 to the plasma mem-
brane. Plant Physiol. 152, 166—176.

Guo Y., Han L., Hymes M., Denver R., Clark S.E.
(2010) CLAVATA?2 forms a distinct CLE-binding re-
ceptor complex regulating Arabidopsis stem cell speci-
fication. Plant J. 63, 889—900.

Gish L.A., Clark S.E. (2011) The RLK/Pelle family of
kinases. Plant J. 66, 117—127.

Schoof H., Lenhard M., Haecker A., Mayer K.F., Jur-
gens G., Laux T. (2000) The stem cell population of
Arabidopsis shoot meristems in maintained by a regu-
latory loop between the CLAVATA and WUSCHEL
genes. Cell. 100, 635—644.

Soyars C.L., James S.R., Nimchuk Z.L. (2016) Ready,
aim, shoot: stem cell regulation of the shoot apical
meristem. Curr. Opin. Plant Biol. 29, 163—168.

Ne 2

TOM 54 2020



45.

46.

47.

48.

49.

50.

S1.

52.

53.

54.

55.

56.

57.

58.

59.

60.

MOIJIEKVYIIAAPHAA BUOJIOTUA

CTBOJIOBBIE KJIETKU PACTEHUU

Shpak E.D. (2013) Diverse roles of ERECTA family
genes in plant development. J. Integr. Plant Biol. 55,
1238—1250.

Torii K.U. (2012) Mix-and-match: ligand—receptor
pairs in stomatal development and beyond. Trends
Plant Sci. 17, 711-719.

Bergmann D.C., Lukowitz W., Somerville C.R.
(2004) Stomatal development and pattern controlled
by a MAPKK kinase. Science. 304, 1494—1497.

Williams R.W., Wilson J.M., Meyerowitz E.M. (1997)
A possible role for kinase-associated protein phospha-
tase in the Arabidopsis CLAVATAI signaling pathway.
Proc. Natl. Acad. Sci. USA. 94, 10467—10472.

Song S-K., Lee M.M., Clark S.E. (2006) POL and
PLL1 phosphatases are CLAVATAI signaling inter-
mediates required for Arabidopsis shoot and floral
stem cells. Development. 133, 4691—4698.

Yu L.P., Simon E.J., Trotochaud A.E., Clark S.E.
(2000) POLTERGEIST functions to regulate meri-
stem development downstream of the CLAVATA loci.
Dev. Camb. Engl. 127, 1661—1670.

Kinoshita A., Seo M., Kamiya Y., Sawa S. (2015)
Mystery in genetics: PUB4 gives a clue to the complex
mechanism of CLV signaling pathway in the shoot api-
cal meristem. Plant Signal Behav. 10, ¢1028707.

Kimura Y., Tasaka M., Torii K.U., Uchida N. (2018)
ERECTA-family genes coordinate stem cell functions
between the epidermal and internal layers of the shoot
apical meristem. Development. 145, pii: dev156380.

Mandel T., Candela H., Landau U., Asis L., Zelinger E.,
Carles C.C., Williams L.E. (2016) Differential regulation
of meristem size, morphology and organization by the
ERECTA, CLAVATA and class 111 HD-ZIP pathways.
Development. 143, 1612—1622.

Kato H., Ishizaki K., Kouno M., Shirakawa M., Bow-
man J.L., Nishihama R., Kohchi T. (2015) Auxin-me-
diated transcriptional system with a minimal set of
components is critical for morphogenesis through the
life cycle in Marchantia polymorpha. PLoS Genet. 11,
¢1005084.

Ulmasov T., Hagen G., Guilfoyle T.J. (1999) Activa-
tion and repression of transcription by auxin-response
factors. Proc. Natl Acad. Sci. USA. 96, 5844—5849.

Weijers D., Wagner D. (2016) Transcriptional re-
sponses to the auxin hormone. Annu. Rev. Plant. Biol.
67, 539—-574.

Wu M.F., Yamaguchi N., Xiao J., Bargmann B., Es-
telle M., Sang Y., Wagner D. (2015) Auxin-regulated
chromatin switch directs acquisition of flower primor-
dium founder fate. eLife. 4, €09269.

Tiwari S.B., Hagen G., Guilfoyle T.J. (2004) Aux/IAA
proteins contain a potent transcriptional repression
domain. Plant Cell. 16, 533—543.

Szemenyei H., Hannon M., Long J.A. (2008) TOP-
LESS mediates auxindependent transcriptional re-
pression during Arabidopsis embryogenesis. Science.
319, 1384—1386.

Cosgrove D.J. (2017) Diffuse growth of plant cell
walls. Plant Physiol. 176, 16—27.

TOM 54  Ne 2

2020

61.

62.

63.

64.

65.

66.

67.

68.

69.

70.

71.

72.

199

Bichet A., Desnos T., Turner S., Grandjean O., Hofte
H (2001) BOTERO1 is required for normal orienta-
tion of cortical microtubules and anisotropic cell ex-
pansion in Arabidopsis. Plant J. 25, 137—148.

Uyttewaal M., Burian A., Alim K., Landrein B.T.,
Borowska-Wykret D., Dedieu A., Peaucelle A., Ludy-
nia M., Traas J., Boudaoud A., Kwiatkowska D., Ha-
mant O. (2012) Mechanical stress acts via katanin to
amplify differences in growth rate between adjacent
cells in Arabidopsis. Cell. 149, 439—451.

Jackson M.D.B., Duran-Nebreda S., Kierzkowski D.,
Strauss S., Xu H., Landrein B., Hamant O., Smith R.S.,
Johnston I.G., Bassel G.W. (2019) Global topological
order emerges through local mechanical control of cell
divisions in the Arabidopsis shoot apical meristem. Cell
Syst. 8, 53—65.e3.

Milani P., Gholamirad M., Traas J., Arneodo A.,
Boudaoud A., Argoul F., Hamant O. (2011) In vivo
analysis of local wall stiffness at the shoot apical meri-
stem in Arabidopsis using atomic force microscopy.
Plant J. 67, 1116—1123.

Peaucelle A., Louvet R., Johansen J.N., Hofte H.,
Laufs P., Pelloux J., Mouille G. (2008) Arabidopsis
phyllotaxis is controlled by the methylesterification
status of cell-wall pectins. Curr. Biol. 18, 1943—1948.

Tran D., Galletti R., Neumann E.D., Dubois A.,
Sharif-Naeini R., Geitmann A., Frachisse J.M., Ha-
mant O., Ingram G.C. (2017) A mechanosensitive
Ca?* channel activity is dependent on the develop-
mental regulator DEK1. Nat. Commun. 8, 1-7.

Hamant O., Heisler M.G., Jonsson H., Krupinski P.,
Uyttewaal M., Bokov P., Corson F., Sahlin P., Boud-
aoud A., Meyerowitz E.M., Couder Y., Traas J. (2008)
Developmental patterning by mechanical signals in
Arabidopsis. Science. 322, 1650—1655.

Endrizzi K., Moussian B., Haecker A., Levin J.Z.,
Laux T. (1996) The SHOOT MERISTEMLESS gene is
required for maintenance of undifferentiated cells in
Arabidopsis shoot and floral meristems and acts at a
different regulatory level than the meristem genes
WUSCHEL and ZWILLE. Plant J. 10, 967—979.

Yang W., Schuster C., Beahan C.T., Charoensawan V.,
Peaucelle A., Bacic A., Doblin M.S., Wightman R.,
Meyerowitz E.M. (2016) Regulation of meristem mor-
phogenesis by cell wall synthases in Arabidopsis. Curr.
Biol. 26, 1404—1415.

Milani P., Mirabet V., Cellier C., Rozier F., Hamant O.,
Das P., Boudaoud A. (2014) Matching patterns of gene
expression to mechanical stiffness at cell resolution
through quantitative tandem epifluorescence and
nanoindentation. Plant Physiol. 165, 1399—1408.

Wolf S., Mravec J., Greiner S., Mouille G., Hofte H.
(2012) Plant cell wall homeostasis is mediated by
brassinosteroid feedback signaling. Curr. Biol. 22,
1732—1737.

Wolf S., van der Does D., Ladwig F., Sticht C., Kol-
beck A., Schurholz A-K., Augustin S., Keinath N.,
Rausch T., Greiner S., Schumacher K., Harter K.,
Zipfel C., Hofte H. (2014) A receptor-like protein me-
diates the response to pectin modification by activat-



200

73.

74.

75.

76.

77.

78.

79.

80.

81.

82.

83.

84.

BOPOHUWHA, IMIIEHHWKOBA

ing brassinosteroid signaling. Proc. Natl. Acad. Sci.
USA. 111, 15261—15266.

Wolf S. (2017) Plant cell wall signalling and receptor-
like kinases. Biochem. J. 474, 471—492.

Sinclair S.A., Larue C., Bonk L., Khan A., Castillo-
Michel H., Stein R.J., Grolimund D., Begerow D.,
Neumann U., Haydon M.J., Kramer U. (2017) Etio-
lated seedling development requires repression of pho-
tomorphogenesis by a small cell-wall-derived dark sig-
nal. Curr. Biol. 27, 3403—3418.¢7.

Pfeiffer A., Janocha D., Dong Y., Medzihradszky A.,
Schone S., Daum G., Suzaki T., Forner J., Lange-
necker T., Rempel E., Schmid M., Wirtz M., Hell R.,
Lohmann J.U. (2016) Integration of light and meta-
bolic signals for stem cell activation at the shoot apical
meristem. eLife. 5, e17023.

van den Berg C., Willemsen V., Hendriks G., Weis-
beek P., Scheres B. (1997) Short-range control of cell
differentiation in the Arabidopsis root meristem. Na-
ture. 390, 287—289.

Mihonen A.P., ten Tusscher K., Siligato R., Sme-
tana O., Diaz-Trivino S., Salojarvi J., Wachsman G.,
Prasad K., Heidstra R., Scheres B. (2014) PLETHO-
RA gradient formation mechanism separates auxin re-
sponses. Nature. 515, 125—129.

Dello I.R., Nakamura K., Moubayidin L., Perilli S.,
Taniguchi M., Morita M. T., Aoyama T., Costantino P.,
Sabatini S. (2008) A genetic framework for the control
of cell division and differentiation in the root meri-
stem. Science. 322, 1380—1384.

Zhang W., Swarup R., Bennett M., Schaller G.E.,
Kieber J.J. (2013) Cytokinin induces cell division in
the quiescent center of the Arabidopsis root apical mer-
istem. Curr. Biol. 23, 1979—1989.

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

Pi L., Aichinger E., van der Graaff E., Llavata-
Peris C.1., Weijers D., Hennig L., Groot E., Laux T.
(2015) Organizer-derived WOX5 signal maintains root
columella stem cells through chromatin-mediated re-
pression of CDF4 expression. Dev. Cell. 33, 576—588.

Czyzewicz N., Nikonorova N., Meyer M. R., Sandal P.,
Shah S., Vu L.D., Gevaert K., Rao A.G., De Smet I.
(2016) The growing story of (ARABIDOPSIS) CRIN-
KLY 4. J. Exp. Bot. 67, 4835—4847.

Stahl Y., Grabowski S., Bleckmann A., Kuhnemuth R.,
Weidtkamp-Peters S., Pinto K.G., Kirschner G.K.,
Schmid J.B., Wink R.H., Hulsewede A., Felekyan S.,
Seidel C.A., Simon R. (2013) Moderation of Arabi-
dopsis root stemness by CLAVATA1 and ARABIDOP-
SIS CRINKLY4 receptor kinase complexes. Curr. Bi-
ol. 23, 362—-371.

StahlY., Wink R.H., Ingram G.C., Simon R. (2009) A
signaling module controlling the stem cell niche in
Arabidopsis root meristems. Curr. Biol. 19, 909—914.

85.

86.

87.

88.

89.

90.

91.

92.

93.

94.

9s.

96.

97.

MOIJIEKVJIAIPHAA BUOJIOTUA

Dolzblasz A., Nardmann J., Clerici E., Causier B., van
der Graaff E., Chen J., Davies B., Werr W., Laux T.
(2016) Stem cell regulation by Arabidopsis WOX genes.
Mol. Plant. 9, 1028—1039.

Liu Z., Karmarkar V. (2008) Groucho/Tupl family
co-repressors in plant development. Trends Plant Sci.
13, 137—144.

Zhou Y., Liu X., Engstrom E.M., Nimchuk Z.L., Pru-
neda-Paz J.L., Tarr P.T., Yan A., Kay S.A., Meyero-
witz E.M. (2014) Control of plant stem cell function by
conserved interacting transcriptional regulators.
Nature. 517, 377—380.

Miyashima S., Sebastian J., Lee J.Y., Helariutta Y.
(2013) Stem cell function during plant vascular devel-
opment. EMBO J. 32, 178—193.

Kondo Y. (2018) Reconstitutive approach for investi-
gating plant vascular development. J. Plant Res. 13,
23-29.

Scarpella E., Marcos D., Friml J., Berleth T. (2006)
Control of leaf vascular patterning by polar auxin
transport. Gen. Dev. 20, 1015—1027.

MalL., SangX., Zhang T., YuZ.,LiY., Zhao F., Wang Z.,
Wang Y., Yu P., Wang N., Zhang C., Ling Y., Yang Z.,
He G. (2017) Abnormal vascular bundles regulates cell
proliferation and procambium cell establishment

during aerial organ development in rice. New Phytol.
213, 275-286.

Hirakawa Y., Kondo Y., Fukuda H. (2010) TDIF pep-
tide signaling regulates vascular stem cell proliferation
via the WOX4 homeobox gene in Arabidopsis. Plant
Cell. 22, 2618—2629.

Hirakawa Y., Shinohara H., Kondo Y., Inoue A., Na-
kanomyo I., Ogawa M., Sawa S., Ohashi-Ito K., Mat-
subayashi Y., Fukuda H. (2008) Non-cell-autono-
mous control of vascular stem cell fate by a CLE pep-
tide receptor system. Proc. Natl. Acad. Sci. USA. 105,
15208—15213.

Kondo Y., Ito T., Nakagami H., Hirakawa Y., Saito M.,
Tamaki T., Shirasu K., Fukuda H. (2014). Plant GSK3
proteins regulate xylem cell differentiation down-
stream of TDIF-TDR signalling. Nat. Commun. 5,
3504.

Etchells J.P., Smit M.E., Gaudinier A., Williams C.J.,
Brady S.M. (2016) A brief history of the TDIF-PXY
signalling module: Balancing meristem identity and
differentiation during vascular development. New Phy-
tol. 209, 474—484.

Matsumoto-Kitano M., Kusumoto T., Tarkowski P.,
Kinoshita-Tsujimura K., Vaclavikova K., Miyawaki K.,
Kakimoto T. (2008) Cytokinins are central regulators
of cambial activity. Proc. Natl. Acad. Sci. USA. 105,
20027—-20031.

Nieminen K., Immanen J., Laxell M., Kauppinen L.,
Tarkowski P., Dolezal K., Tahtiharju S., Elo A., De-
courteix M., Ljung K., Bhalerao R., Keinonen K., Al-
bert V.A., Helariutta Y. (2008) Cytokinin signaling
regulates cambial development in poplar. Proc. Natl.
Acad. Sci. USA. 105, 20032—20037.

Ne 2

TOM 54 2020



98.

99.

100.

101.

102.

103.

104.

105.

106.

107.

108.

109.

110.

111.

112.

113.

MOIJIEKVYIIAAPHAA BUOJIOTUA

CTBOJIOBBIE KJIETKU PACTEHUU

Sieburth L.E., Deyholos M.K. (2006) Vascular devel-
opment: the long and winding road. Curr. Opin. Plant
Biol. 9, 48—54.

van der Graaff E., Laux T., Rensing S. A. (2009) The
WUS homeobox-containing (WOX) protein family.
Genome Biol. 10, 248.

Etchells J.P., Turner S.R. (2010) The PXY-CLE4I re-
ceptor ligand pair defines a multifunctional pathway
that controls the rate and orientation of vascular cell
division. Development. 137, 767—774.

Vilarrasa-Blasi J., Gonzalez-Garcia M.P., Frigola D.,
Fabregas N., Alexiou K.G., Lopez-Bigas N., Rivas S.,
Jauneau A., Lohmann J.U., Benfey P.N., Ibafies M.,
Cano-Delgado A.I. (2014) Regulation of plant stem
cell quiescence by a brassinosteroid signaling module.
Dev. Cell. 30, 36—47.

Gursanscky N., Jouannet V., Griinwald K., Sanchez P.,
Laaber-Schwarz M., Greb T. (2016) MOL1 is required
for cambium homeostasis in Arabidopsis. Plant J. 86,
210—-220.

Suer S., Agust1 J., Sanchez P., Schwarz M., Greb T.
(2011) WOX4 imparts auxin responsiveness to cambi-
um cells in Arabidopsis. Plant Cell. 23, 3247—3259.

Nilsson J., Karlberg A., Antti H., Lopez-Vernaza M.,
Mellerowicz E., Perrot-Rechenmann C., Sandberg G.,
Bhalerao R.P. (2008) Dissecting the molecular basis of
the regulation of wood formation by auxin in hybrid
aspen. Plant Cell. 20, 843—855.

Ding Z., Friml J. (2010) Auxin regulates distal stem
cell differentiation in Arabidopsis roots. Proc. Natl.
Acad. Sci. USA. 107, 12046—12051.

Wang Q., Hasson A., Rossmann S., Theres K. (2016)
Divide et impera: boundaries shape the plant body and
initiate new meristems. New Phytol. 209, 485—498.

Wang Y., Jiao Y. (2018) Axillary meristem initiation —
a way to branch out. Curr. Opin. Plant Biol. 41, 61—66.
Shi B., Zhang C., Tian C., Wang J., Wang Q., Xu T.,
XuY., Ohno C., Sablowski R., Heisler M.G., Theres K.,
Wang Y., Jiao Y. (2016) Two-step regulation of a mer-
istematic cell population acting in shoot branching in
Arabidopsis. PLoS Genet. 12, ¢1006168.

Burian A., Barbier de Reuille P., Kuhlemeier C.
(2016) Patterns of stem cell divisions contribute to
plant longevity. Curr. Biol. 26, 1385—1394.

Wang J., Tian C., Zhang C., Shi B., Cao X., Zhang T.Q.,
Zhao Z., Wang J.W., Jiao Y. (2017) Cytokinin signal-
ing activates WUSCHEL expression during axillary
meristem initiation. Plant Cell. 29, 1373—1387.
XinW., Wang Z., Liang Y., Wang Y., Hu Y. (2017) Dy-
namic expression reveals a two-step patterning of
WUS and CLV3 during axillary shoot meristem for-
mation in Arabidopsis. J. Plant Physiol. 214, 1—6.

Yadav R.K., Perales M., Gruel J., Girke T., Jonsson H.,
Reddy G.V. (2011) WUSCHEL protein movement
mediates stem cell homeostasis in the Arabidopsis
shoot apex. Genes Dev. 25, 2025—2030.

Vernoux T., Brunoud G., Farcot E., Morin V., Van
den Daele H., Legrand J., Oliva M., Das P., Larrieu A.,
Wells D., Guédon Y., Armitage L., Picard F., Guyo-
Ne 2

TOM 54 2020

114.

115.

116.

117.

118.

119.

120.

121.

122.

123.

124.

125.

201

marc’h S., Cellier C., Parry G., Koumproglou R.,
Doonan J.H., Estelle M., Godin C., Kepinski S., Ben-
nett M., De Veylder L., Traas J. (2011) The auxin sig-
nalling network translates dynamic input into robust
patterning at the shoot apex. Mol. Syst. Biol. 7, 508.
Wang Y., Wang J., Shi B., YuT., QiJ., Meyerowitz E.M.,
Jiao Y. (2014) The stem cell niche in leaf axils is estab-
lished by auxin and cytokinin in Arabidopsis. Plant
Cell. 26, 2055—2067.

Wang Q., Kohlen W., Rossmann S., Vernoux T.,
Theres K. (2014) Auxin depletion from the leaf axil
conditions competence for axillary meristem forma-
tion in Arabidopsis and tomato. Plant Cell. 26,
2068—2079.

Yang M., Jiao Y. (2016) Regulation of axillary meri-
stem initiation by transcription factors and plant hor-
mones. Front Plant Sci. 7, 183.

Tian C., Zhang X., He J., Yu H., Wang Y., Shi B., Han Y.,
Wang G., Feng X., Zhang C., WangJ., QiJ., YuR., Ji-
ao Y. (2014) An organ boundary-enriched gene regu-
latory network uncovers regulatory hierarchies under-
lying axillary meristem initiation. Mol. Syst. Biol. 10,
755.

Greb T., Clarenz O., Schafer E., Muller D., Herrero R.,
Schmitz G., Theres K. (2003) Molecular analysis of
the LATERAL SUPPRESSOR gene in Arabidopsis re-
veals a conserved control mechanism for axillary mer-
istem formation. Genes Dev. 17, 1175—1187

Muller D., Schmitz G., Theres K. (2006) Blind ho-
mologous R2R3 Myb genes control the pattern of lat-
eral meristem initiation in Arabidopsis. Plant Cell. 18,
586—597.

Keller T., Abbott J., Moritz T., Doerner P. (2006) Arabi-
dopsis REGULATOR OF AXILLARY MERISTEMSI1
controls a leaf axil stem cell niche and modulates vegeta-
tive development. Plant Cell. 18, 598—611.

Guo D.S., Zhang J.Z., Wang X.L., Han X., Wei B.Y.,
Wang J.Q., Li B.X,, Yu H., Huang Q.P., Gu H.Y.,
Qu L.J., Qin G. (2015) The WRKY transcription fac-
tor WRKY71/EXB1 controls shoot branching by tran-
scriptionally regulating RAX genes in Arabidopsis.
Plant Cell. 27, 3112—3127.

Chahtane H., Vachon G., Le Masson M., Thevenon E.,
Perigon S., Mihajlovic N., Kalinina A., Michard R.,
Moyroud E., Monniaux M., Sayou C., Grbic V.,
Parcy F., Tichtinsky G. (2013) A variant of LEAFY re-
veals its capacity to stimulate meristem development
by inducing RAXI1. Plant J. 74, 678—689.

Yang F., Wang Q., Schmitz G., Muller D., Theres K.
(2012) The bHLH protein ROX acts in concert with
RAXI1 and LAS to modulate axillary meristem forma-
tion in Arabidopsis. Plant J. 71, 61—70.

Lu Z., Shao G., Xiong J., Jiao Y., Wang J., Liu G.,
Meng X., Liang Y., Xiong G., Wang Y., Li J. (2015)
MONOCULM 3, an ortholog of WUSCHEL in rice,
is required for tiller bud formation. J. Genet. Genomics.
42, 71-78.

Tanaka W., Ohmori Y., Ushijima T., Matsusaka H.,
Matsushita T., Kumamaru T., Kawano S., Hirano H.Y.
(2015) Axillary meristem formation in rice requires the



202

126.

127.

128.

129.

130.

131.

132.

133.

134.

135.

136.

137.

138.

139.

BOPOHUWHA, IMIIEHHWKOBA

WUSCHEL ortholog TILLERS ABSENTI. Plant
Cell. 27, 1173—1184

Argueso C.T., Raines T., Kieber J.J. (2010) Cytokinin
signaling and transcriptional networks. Curr. Opin.
Plant Biol. 13, 533—539.

Meng W.J., Cheng Z.J., Sang Y.L., Zhang M.M.,
Rong X.F., Wang Z.W., Tang Y.Y., Zhang X.S. (2017)
Type-B ARABIDOPSIS RESPONSE REGULA-
TORs specify the shoot stem cell niche by dual regula-
tion of WUSCHEL. Plant Cell. 29, 1357—1372.

Zhang T.Q., Lian H., Zhou C.M., Xu L., Jiao Y.,
Wang J.W. (2017) A two-step model for de novo acti-
vation of WUSCHEL during plant shoot regeneration.
Plant Cell. 29, 1073—1087.

Gallavotti A., Yang Y., Schmidt R.J., Jackson D.
(2008) The relationship between auxin transport and
maize branching. Plant Physiol. 147, 1913—1923.

Galli M., Liu Q.J., Moss B.L., Malcomber S., Li W.,
Gaines C., Federici S., Roshkovan J., Meeley R.,
Nembhauser J.L., Gallavotti A. (2015) Auxin signaling
modules regulate maize inflorescence architecture.
Proc. Natl. Acad. Sci. USA. 112, 13372—13377.

Reinhardt D., Mandel T., Kuhlemeier C. (2000) Aux-
in regulates the initiation and radial position of plant
lateral organs. Plant Cell. 12, 507—518.

Huang X., Effgen S., Meyer R.C., Theres K., Koorn-
neef M. (2012) Epistatic natural allelic variation re-
veals a function of AGAMOUS-LIKES6 in axillary bud
formation in Arabidopsis. Plant Cell. 24, 2364—2379.

Mohyeldin A., Garzéon-Muvdi T., Quifiones-Hinojo-
sa A. (2010) Oxygen in stem cell biology: a critical

component of the stem cell niche. Cell Stem Cell. 7,
150—161.

Weits D.A., Kunkowska A.B., Kamps N.C.W.,
Portz K.M.S., Packbier N.K., Nemec Venza Z.,
Gaillochet C., Lohmann J.U., Pedersen O., van Don-
gen J.T., Licausi F. (2019) An apical hypoxic niche sets
the pace of shoot meristem activity. Nature. 569,
714—717.

Xiong Y., McCormack M., Li L., Hall Q., Xiang C.,
Sheen J. (2013) Glucose-TOR signalling reprograms
the transcriptome and activates meristems. Nature.
496, 181—186.

LiX.,CaiW, LiuY,LiH.,,FuL., LiuZ.,Xu L., Liu H.,
XuT., Xiong Y. (2017) Differential TOR activation and
cell proliferation in Arabidopsis root and shoot apexes.
Proc. Natl. Acad. Sci. USA. 114, 2765—-2770.

Mohammed B., Farahi Bilooei S., Doczi R., Grove E.,
Railo S., Palme K., Ditengou F.A., Bogre L., Lopez-
Juez E. (2017) Converging energy and hormonal sig-
nalling control meristem activity, leaf initiation and
growth. Plant Physiol. 176, 1365—138]1.

Janocha D., Lohmann J.U. (2018) From signals to
stem cells and back again. Curr. Opin. Plant Biol. 45,
136—142.

CaiW, LiX, LiuY., Wang Y., Zhou Y., Xu T., Xiong Y.
(2017) COP1 integrates light signals to ROP2 for cell
cycle activation. Plant Signal Behav. 12, €1363946.

140.

141.

142.

143.

144.

145.

146.

147.

148.

149.

150.

151.

MOIJIEKVJIAIPHAA BUOJIOTUA

Schepetilnikov M., Makarian J., Srour O., Geldreich A.,
Yang Z., Chicher J., Hammann P., Ryabova L.A.
(2017) GTPase ROP2 binds and promotes activation
of target of rapamycin, TOR, in response to auxin.
EMBO J. 36, 886—903.

Nukarinen E., Nagele T., Pedrotti L., Wurzinger B.,
Mair A., Landgraf R., Bornke F., Hanson J., Teige M.,
Baena-Gonzalez E., Droge-Laser W., Weckwerth W.
(2016) Quantitative phosphoproteomics reveals the
role of the AMPK plant ortholog SnRK1 as a meta-
bolic master regulator under energy deprivation. Sci.
Rep. 6, 31697.

Wang P., Zhao Y., Li Z., Hsu C-C., Liu X., Fu L.,
Hou Y-J., Du Y., Xie S., Zhang C. Gao J., Cao M.,
Huang X., Zhu Y., Tang K., Wang X., Tao W.A.,
Xiong Y., Zhu J.K. (2018) Reciprocal regulation of the
TOR kinase and ABA receptor balances plant growth
and stress response. Mol. Cell. 69, 100—112.e6.

De Vleesschauwer D., Filipe O., Hoffman G., Seifi H.S.,
Haeck A., Canlas P., Van Bockhaven J., De Waele E.,
Demeestere K., Ronald P., Hofte M. (2018) Target of
rapamycin signaling orchestrates growth-defense
trade-offs in plants. New Phytol. 217, 305—319.

Salem M.A., Li Y., Wiszniewski A., Giavalisco P.
(2017) Regulatory associated protein of TOR (RAPTOR)
alters the hormonal and metabolic composition of Arabi-
dopsis seeds, controlling seed morphology, viability and
germination potential. Plant J. 92, 525—545.

Song Y., Zhao G., Zhang X., Li L., Xiong F., Zhuo F.,
Zhang C., Yang Z., Datla R., Ren M., Li F. (2017) The
crosstalk between target of rapamycin (TOR) and jas-
monic acid (JA) signaling existing in Arabidopsis and
cotton. Sci. Rep. 7, 1-15.

Bunsganosa M.C., Cmupnosa E.A. (2016) Xapaktep
BIMSIHUSL M CTIEMMUIHOCTD NENCTBUSI PACTUTENb-
HBIX TOPMOHOB Ha KJIETKU XWBOTHBIX. [[umonoeus.
58(1), 5—15.

Zhou N., Yao Y., Ye H., Zhu W., Chen L., Mao Y.
(2016) Abscisic-acid-induced cellular apoptosis and
differentiation in glioma via the retinoid acid signaling
pathway. Int. J. Cancer. 138, 1947—1958

Zhang M., Zhang M.W., Zhang L., Zhang L. (2015)
Methyl jasmonate and its potential in cancer therapy.
Plant Signal. Behavior. 10, ¢1062199.

Anb6ept E.A., ExxoBa T.A. (2013) CTBONIOBBIE KJIETKU
nobera pacTeHUil — reHeTUUYeCKast peryasuus. lene-
muka. 49, 127—141.

Murakami K., Gunesdogan U., Zylicz J.J., Tang WW.,
Sengupta R., Kobayashi T., Kim S., Butler R., Diet-
mann S., Surani M.A. (2016) NANOG alone induces
germ cells in primed epiblast in vitro by activation of
enhancers. Nature. 529, 403—407.

Lafos M., Kroll P., Hohenstatt M.L., Thorpe F.L.,
Clarenz O., Schubert D. (2011) Dynamic regulation of
H3K27 trimethylation during Arabidopsis differentia-
tion. PLoS Genet. 7, 1002040.

Ne 2

TOM 54 2020



CTBOJIOBBIE KJIETKU PACTEHUU 203

PLANT STEM CELLS

A. S. Voronina' and E. S. Pshennikova!- *
!Bach Institute of Biochemistry, Research Center of Biotechnology, Russian Academy of Science Moscow, 119071 Russia
*e-mail: pshennikova57@mail.ru

A brief review of current data on the molecular biology of stem cells forming meristems and differentiating
into various organs of angiosperms is presented. Different primary and secondary meristems are compared.

The interaction of some hormones, regulatory gene networks and signaling pathways in different types of
meristems is described.
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