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AHHoTayusa. Cocyancras cuctema SIBASETCS Pe3ynbTaToM apoMopdo3a, KOTOpbIi MO3BOMWN PACTEHMAM YCMELLIHO
0OCBOUTH CyLLY. 3a CUET Hee OCYLLECTBAETCA NPOBEAEHNEe BOAbI, MUHEPANbHbIX 1 OPraHNYeCcKUX CoefuHeHni, obec-
neumBaeTcs 3GPeKTMBHOE COOOLLEHNE MEXAY OpraHaMu, a TakXKe BbIMONHAETCA GYHKLMS MeXaHUUYeCKon onopbl.
Mpouecc dbopmrpoBaHUA COCYAUCTON CUCTEMbI — OOLLENPUHATDI 06bEKT GyHAAMEHTaNbHBIX MCCNefoBaHUl B 06na-
CTV 6UONOrK Pa3BUTKA PAcTeHMIN. B YacTHOCTK, paHHME 3Tanbl Pa3BUTUA COCYAUCTON CUCTEMbI KOPHS MOLENBHOMO
pacteHua Arabidopsis thaliana npepctaBnsaoT coboi APKKIA MPpUMepP CaMoopraHn3aumMmn 6UCMMMETPUYHOTO (MMeto-
Lero fiBe N0CKOCTY CUMMETPWM) NaTTepHa pacnpegeneHns GUTOropMOHOB, KOTOPbI HanpaBAseT AeTepMUHALNIO
KNeToK COCYANCTON crcTeMbl. B npouecce dopmrpoBaHua cocyancTon CUCTeMbl KOPHA MOXHO BbIAENIUTb YeTbipe
sTana: 1) geTepMuHaumio (cneundurKaumio) KNeTok-npesLlecTBEHHNKOB NMPOBACKYNSPHON MEPUCTEMBI Ha PaHHUX
CTagmax aMOpuroreHesa; 2) pocT 1 pa3MeTKy NPOBaCKyISPHON MepUCTEMbI 3apOAbILLa; 3) NOCTIMOPUOHaNbHOE NoA-
LepKaHune MHMLManein (CTBONOBBIX KNETOK) COCYANCTOM CUCTEMbI B anyvKalbHON MepuCTeMe KOPHS; 4) KOHEeUHYo
cneyunanusaumio (anuddepeHUNpPOBKY) KX LOUEPHUX KNeToK. AHaTOMUUYECKIe AeTany Pa3BUTHsA COCYAUCTON CUCTEMDI
A. thaliana paBHO M3BEeCTHbI 1 NOAPOOHO OMUCAHbI, OfHAKO HaLV 3HAHWA O MOJIEKYISIPHO-TEHETUYECKNX MEXaHN3-
Max 3TOro NpoLecca BCe elle orpaHuyeHbl. B nocneaHme roabl cienaHo HECKOSIbKO BaXKHbIX OTKPbITWIA, MPonBalio-
LMX CBET HA PErynsuuio camblx PaHHUX COObITUN, NPeaLecTByWNX AddPepeHLUPOBKE KNETOK COCYAUCTON CU-
cTembl. B HacToswwem 0630pe Mbl 0606LIaeM jaHHble O MONEKYNIAPHO-TEHETUYECKMX MeXaH3MaXx, onpeaensioLmx
HanpaB/eHre KNeTouHon anddepeHUPOBKI B SNEMEHTbI COCYANCTON CUCTEMbI KOPHA Y A. thaliana. MNepBas yacTb
0630pa MocBALeHa ONMUCaHNI0 TMCTOreHesa CoCyAMCTON cucTeMbl KOPHS. [lanee Mbl PEKOHCTPYMpPYeM nocnefoBa-
TEJIbHOCTb PEryNATOPHbIX COObITWI, KOTOPbIE NIEXKaT B OCHOBE 3TOro MMCTOreHe3a 1 06yC/IOBIVBALOT Pa3BUTME Nped-
LIeCTBEHHVKOB MHMLMAnNell CoCyancTon CMCTeMbl Y 3apOofplLla Y OpraHu3aLmnio HULManein CoCyancTon cUcTembl B
KOpHe NpopocTKa.

KnioueBble cnoBa: mepucteMa; Kcunema; $pnoama; (Npo)kambuii; GUToropmMoHbl; ayKCuH; LUMTOKUHWH; Arabidopsis
thaliana.
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Abstract. A vascular system in plants is a product of aromorphosis that enabled them to colonize land because it
delivers water, mineral and organic compounds to plant organs and provides effective communications between
organs and mechanical support. Vascular system development is a common object of fundamental research in plant
development biology. In the model plant Arabidopsis thaliana, early stages of vascular tissue formation in the root
are a bright example of the self-organization of a bisymmetric (having two planes of symmetry) pattern of hormone
distribution, which determines vascular cell fates. In the root, vascular tissue development comprises four stages:
(1) specification of progenitor cells for the provascular meristem in early embryonic stages, (2) the growth and pat-
terning of the embryo provascular meristem, (3) postembryonic maintenance of the cell identity in the vascular tissue
initials within the root apical meristem, and (4) differentiation of their descendants. Although the anatomical details
of A. thaliana root vasculature development have long been known and described in detail, our knowledge of the
underlying molecular and genetic mechanisms remains limited. In recent years, several important advances have
been made, shedding light on the regulation of the earliest events in provascular cells specification. In this review,
we summarize the latest data on the molecular and genetic mechanisms of vascular tissue patterning in A. thaliana
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root. The first part of the review describes the root vasculature ontogeny, and the second reconstructs the sequence
of regulatory events that underlie this histogenesis and determine the development of the progenitors of the vascular
initials in the embryo and organization of vascular initials in the seedling root.
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BBepeHune
B aBoIOIMN BOZHUKHOBEHHE COCYANCTON CHCTEMBI SIBISTIOCH
HEOOXOIMMOM MPEATIOCHUIKOM IS BBIXOAA PACTCHUI Ha CYIITY
(Lucas et al., 2013). Hanmnure MeXaHUYECKHUX IEMEHTOB B
cocynucTol cucteMe 1 3PEKTUBHOCTh TPAHCIIOPTA 110 HEl
BOJIbl, MUHCPAJIBbHBIX U OPraHUYCCKUX BCHICCTB, a TAKXKE
CUTHAJIHBIX MOJIEKYJI TO3BOJIMIIN PACTEHUSIM JOCTUTATh pe-
KOP/HBIX Pa3MEpOB M 3aceisiTh pasiinyHble Tepputopun. Co-
Cy[cTasi CUCTeMa BKJIIOUAeT B ce0sl JBa Pa3IMYHbIX CTPYK-
TYpPHO-(QYHKIIMOHAJIBHBIX JOMEHA: KCHJIEMY, KOTOpas OCy-
IIECTBIISICT TPAHCIIOPT BOJBI U MHHEPAJBbHBIX BEIIECTB OT
KOPHSI K Ha3eMHBIM opraHam, u (Jioamy, KoTopast IpOBOAUT
OpPTraHMUYECKHE BEMIECTBA OT (DOTOCHHTE3MPYIOMNX YacTeH
pactenust 1o HarpasieHuo K kopHio (Evert, Eichhorn, 2006).
Y HOKPBITOCEMEHHBIX 3peJiasi KCHIIeMa COCTOUT U3 TIPOBO-
JISIIIIAX SJIEMEHTOB (COCYIOB), KOTOPBIE OCYIIECTBIITIOT TPAHC-
TIOPT BOJIbI, BOJIOKOH, OCHOBHOM (DyHKITHEH KOTOPBIX SIBIISIETCSI
MeXaHUueCKasl MOJJIePKKa PACTCHUS, U KJICTOK MapeHXUMBbI
(Evert, Eichhorn, 2006). Cocyasl mpeacTaBistoT co00H 1mo-
JbIe TPYOKHM, 00pa3oBaHHBIC COSTUHEHHBIMH B PSIJ] KIICTKAMHU

¢ nepdopalsiMi B @HMUKAUHAIbHBIX CTCHKAX U MOpPaMHU
B nepukaunanvusix cteakax (puc. 1). Cocyasl n BOJIOKHA
(hopMHpYFOTCS B pe3yiIbTaTe 3aporpaMMHPOBAHHON THOSITH
KJIETOK, C(hOPMHUPOBABIIHX JTUTHUPHUIIUPOBAHHY O BTOPUYHYIO
kietounyto cteHKy (Courtois-Moreau et al., 2009; Smith et
al., 2013; Furuta et al., 2014). JKuBble KJIeTKA TapCHXUMBI
BBIMOJTHSIOT 3a1acaroly0 (PYHKIIHIO, 8 TAKIKE YIaCTBYIOT B
JTUTrHA(DUKAIIME COCY/IOB U PETYJISIIIMU CKOPOCTH TPAHCIIOpTa
Bosl (Ménard, Pesquet, 2015; Razicka et al., 2015).
®dr05Ma MOKPHITOCEMEHHBIX 00pa30BaHa CUTOBHIHBIMHU
TpyOKaMH, OCYIICCTBIISIONIMMHU TPAHCIIOPT TUIACTUYECKUX
BEIIIECTB; KIIETKAMH-CITy THUIIAMH; BOJIOKHAMH H CKJICPEHIa-
MH, 00€CIICYMBAIOIINMI MEXaHHYCCKYO MOIICPIKKY; @ TAKKE
KJeTkamu napeaxumsl (Sjolund, 1997; Evert, Eichhorn, 2006).
B omimrume ot mONbIX TUTHAGUITMPOBAHHBIX COCYIOB KCHIIC-
MBI, CHTOBHUJIHBIC TPYOKH MPEICTABISIOT COOO0M TS JKUBBIX
KJICTOK (CHTOBHIHBIX JIEMEHTOB), KOTOPBIE COOOIIAIOTCS CH-
TOBHTHBIMH TTOJITMH — CKOIICHAEM MEJKHUX 0P B aHTUKIIH-
HAJIbHBIX CTeHKaX. CUTOBHUIHBIC AIEMEHTHI (POPMHUPYIOT YTOJI-
IICHHYIO HEIUTHU(DUIMPOBAHHYIO BTOPUUHYIO KIETOYHYIO
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Puc. 1. OpraHusauus anmkanbHo MepucTeMbl KopHs Arabidopsis thaliana.
BepTuKanbHO NMHUEN Ha CXeMe OTMeUYEHa LIEHTPasIbHas OCb KOPHSI.
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E.B. 3emnsHcKasn COCYANCTON cncTeMbl KOpHA Arabidopsis thaliana L. 26-8
crenky (Heo et al., 2014). OcoGeHHOCTh LUTOJIOTUYECKOTO

CTPOCHHSA CUTOBUIHBIX 3JIECMCHTOB 3aKJIFOYACTCS B TOM, YTO CnoBapb TEPMUIHOB

B HUX OTCYTCTBYET OOJIBIIMHCTBO OPIaHONIOB (B TOM YHCIIE
SLIPO, BaKyOJlb, LIEPOXOBATHII YHI0IUIA3MAaTUUECKUM PETUKY -
JyM, KOMIUIEKC [0Ib/KH, INTOCKENET, pHOOCOMBI), HATTUINE
KOTOPBIX MOIVIO OBI MPENATCTBOBATH TPAHCIIOPTY BEIIECTB.
[Tonneprkanue >KM3HECIIOCOOHOCTH CUTOBU/IHBIX AJIEMEHTOB
00ecreunBatOT PACIOIOKEHHbBIE B HETTOCPECTBEHHOM KOH-
TaKTE C HUMH KJICTKH-CITyTHUIIBI — TAPEHXUMHBIC KIJIETKU C
KPYIHBIMH SpaMH 1 MUTOXOHAPHUSIMHU. MexaHu4deckue dJie-
MEHTHI (DII03MBI — BOJIOKHA 1 CKIIEPENABI — OTIINYAIOTCS JPYT
OT Jipyra (hOPMOH KIIETOK: TIEPBBIC CUIILHO BBITSHYTHI B JUTHHY
M 3a0CTPEHBI Ha KOHIIAX, BTOPbIE MOTYT OBITh JIMIIb CIIETKa
YAJIMHEHHBIMH.

OpraHuzanys COCyANCTON CHCTEMbI pa3IMYaeTCsl B Pa3HbIX
opraHax, y pasHbIX BHIOB U Ha pa3HbIX dTalax pa3BUTHS
pacrenwmii (Scarpella, Meijer, 2004; Lucas et al., 2013; Furuta
et al., 2014). Tem He MCHee MEXaHHU3MEI, OTIPEIICIISIONINC €€
pasButHe, 1ocTatouHo KoHcepBaTuBHbI (Li et al., 2010; Seo
et al., 2020). Tak kaKk pacTHTEIbHBIEC KJIETKH HE CTIOCOOHBI K
MUTrpanyy, GopMUpOBaHNE APXUTEKTYPI OPraHOB M TKaHEH
B mporecce Mop(horeHesa MPOUCXOIUT 3a CUET PeryssiLuu
MOCJIE0BATEIbHOCTH U OPUEHTANU KIIETOUHBIX JENICHUI.
AHATOMHMYECKH TIPOLIECC Pa3BUTHSI COCYIUCTONH CHCTEMBI
M3y4eH JIOCTaTOYHO XOPOLIO M MojpoOHO omucaH (Scheres
et al., 1994; Evert, Eichhorn, 2006; Miyashima et al., 2013;
Furuta et al., 2014; De Rybel et al., 2014b, 2016), onrako
KOHTPOJIMPYIOLIKE €T0 MOJIEKYJSIPHO-TeHETHYECKIE MEXaHN3-
MBI H3BECTHBI TOpa3/10 MeHble. Harm mpeacTaBiaeHus 0 HUX
OCHOBAHBI IIPEUMYIIIECTBEHHO Ha Pe3yJIbTaTax HCCIIeIOBaHUH
MozenbHoro pactenust Arabidopsis thaliana.

B cremyromux pasaenax Mbl IPHBEAEM KPATKOE OTIMCaHNE
THCTOTEeHE3a NPOBOISIIEH TKaH! Y A. thaliana, a Takxe peKoH-
CTPYUpYEM COOTBETCTBYIOIILYIO THCTOTEHE3Y MOCIIEI0BaTEIb-
HOCTB PETYIATOPHBIX COOBITHHA. PaccMOTPHM KOHTPOITb pas3-
BUTHS COCYANCTON CHCTEMBI KOPHSI B 3apOJIbIILIE M IPOPOCTKE,
T. €. Ha CaMbIX PaHHHUX JTanax ee popmupoBanus. Onucanue
MEXaHU3MOB, PETYINPYIONINX MOCIEAYIONINE 3TAllbl, MOXKHO
HaiiTh B 0030pax (Agusti, Blazquez, 2020; Seo et al., 2020).

MmcToreHes npoepogALNX TKa Hen KOPHA
OHTOTeHETHYECKH Pa3INIaroT MEPBUIHEIC (TIPOIYIUPYEMBbIC
HepeUUHOll MepUCHmeMoil) U BTOPUUHBIE (TPOAYIUPYEMbIE
6MOPUYHOI MepUCMeMOil) TIPOBONISATINE TKAHU.

Pa3BuTMe NepBUYHBIX NPOBOAALLMX TKaHel KOPHA

VY A. thaliana B panHeM >MOpHOTeHe3e Ha CTAINH TITOOYIIBI
TIPOMCXOINT CIICIIU(PHUKAIHS YCTHIPEX HPOBACKYIAPHBIX UHU-
uuaseil, KOTOPbIC B PE3yJIbTaTe POCTa M CKOOPIUHUPOBAHHBIX
BO BPEMEHU OPUEHTUPOBAHHBIX JICJICHUI JIAIOT HAYAJI0 PO~
8ACKYNIAPHOIL MepucHieMe 3apOIBIIICBOTO KOPHS U TUITOKO-
tuns (puc. 2) (Scheres et al., 1994; Evert, Eichhorn, 2006;
Miyashima et al., 2013; Furuta et al., 2014; De Rybel et al.,
2014b, 2016). Ee knerkn ue auddepeHInpoBaHbl, 0HAKO
KJICTOYHAs Cy[p0a HEKOTOPHIX M3 HUX YXKE OIpeleIcHa —
MocJie MpopacTaHus 3apojbIlia OHU AaayT Hadano Jubo
KJIETKaM KCHJIEMBI, 00 kieTkam (iodMbl. Pacronoxenue
9TUX IPEIETEPMUHUPOBAHHBIX KIETOK B IIPOBACKYJISPHON
MEpHUCTEME COBIIAIaeT ¢ OMCUMMETPUIHOH (T. €. 0OTamaromient
JIBYMSI TUTOCKOCTSIMA CUMMETPHH) OUAPXHOI OPTaHU3AIICH

CUCTEMHAA KOMIMbIOTEPHAA BUOJTIOTUA / SYSTEMS COMPUTATIONAL BIOLOGY

AmdunKpubGpanbHbiii NPOBOAALMIA MYYOK — MPOBOASA-
LM MYYOK, B KOTOPOM $rioaMa OKpY»KaeT Kcunemy.
AHTUKNUHaNbHOE K/IeTOUHOE AileneHune — iefleHNe KNeToK
B aHTVKIUHaNbHOM nnockoctn. OHO NPUBOAUT K POCTY B
OJINHY.

AHTUKNUHANbHbIN — pacronaramLWwminca B NI0CKOCTH, Nep-
NeHAVIKYNAPHOM MOBEPXHOCTU TKaHW Wiy opraHa. fosops
00 aHTUKNNHANBHbIX KNETOUYHbIX CTEHKAX U JENEHUAX, Mbl
6yaem nogpasymeBaTb aHTMKIVHANbHYO MAOCKOCTb, Nep-
NeHAVKYNAPHYIO LeHTPanbHOWM OCK opraHa.

AnuKanbHasA MepucTema KOPHA — NepBuYHas Mepuctema
KOPHA, KOTopas JaeT Hauyano BCEM KieTKaMm KOpHA B Mpo-
Llecce ero pocta B NOCTISMOPUOHaSbHbIV NEPUOA.
AcuMmMeTpUYHOeE KNeToYHOoe AeneHune — JefileHNe KNeTKy,
B pe3ynbTaTe KOTOPOro 06pasytoTcs ABe JOUEPHME KNETKN C
pas3fnnyYHoN KNeTOYHOW CyabOOoN.

BropuuHaa mepucrema — MepucTeMa, KoTopas 3aknagbl-
BaETCA B NOCTIMOPUOHASbHBIV NEPUOA.

Mnodusa - BepxHAA KneTKa CycneH3opa, KoTopas nprnob-
peTaeT CBOIO UAEHTUYHOCTb Ha cTagumn 16-32 KneTok; gaet
Hayano MOKOALEMYCA LeHTPY (opraHu3ylowemy LEHTPY
anuKanbHON MePUCTEMbI KOPHSA) Y KOPHEBOMY UYEXJINKY.
AvapxHbiil NPOBOAALLMIA MYYOK — MPOBOAALLNI NYYOK, B
KOTOpoM $io3Ma 1 KCuema pacrosioKeHbl Ha pasHbiX pa-
AMycax; pv 3TOM BblAENAETCA Ba flyya KCUSIEMbI.
KcunemHas nnacTuHKa — pacrnofioXeHHble C/I0eM B LieH-
TPanbHOWM NNOCKOCTU BAOb OCU KOPHA KIETKM NEPBUYHON
Kcunembl (v X NpefeTepPMUHUPOBAHHBIE NMPEfLIEeCTBEH-
HUKN).

MepBuuHaa Kopa — nepudepuryeckasn, nexalas CHapyxu
OT CTeNbl YaCTb MOJSIOJOrO KOPHS.

MepBuYHaa mepucrema — meprctema, popmmpyrowancs B
3mbpurioreHese.

MepuknuHanbHoe KNeTouYHoe AeneHune — fefieHne KNeTok
B MePUKAVHANbHON NAOCKOCTU. [pUBOAUT K YBENMUYEHNIO
KOMMYecTBa KNeTOUHbIX CI0EB B pajManbHOM Hampasre-
HUW.

MepuKnuHanbHbI — pacnonaraloWmiica B NIOCKOCTH, Na-
pannenbHO NOBEPXHOCTY TKaHN UK OpraHa.

MepuumkKn - CNOM NapPeHXUMHbIX KIIETOK, OKPYXaroLimx
NPOBOAALLME TKaHW, HAPYXKHbI CIION CTenbl.
MpoBackynApHaa Mepucrema KOpPHA/rMNOKOTUANA — Nep-
BMYHAA MepUCTEMa 3apOAbILLEBOrO KOPHA W TMMOKOTUNA,
13 Kotopon auddepeHumpyeTca nepBuYHas COCYAMCTan
CUCTEMA 3TUX OPraHOB MOCse NPopacTaHyA 3apoablLLa.
MpoBacKynApHble MHULMANU — YeTbipe KIeTKU NPOo3M-
6pVIOHa, BO3HUKaOLWME Ha CTaAnmn paHHel rnobynbl, 13 KO-
TOPbIX MPOUCXOAUT BCA NPOBACKyNsApHaA MeprcTemMa Kop-
HA/TUNOKOTWNA, 1 TONIbKO OHa.

Mpokam6uit — HeaeTepPMUHNPOBAHHbIE KNETKM NEPBUYHON
cocynoobpasyolleii MeprcTeMbl, KOTopble B KopHe Arabi-
dopsis thaliana pacnonaratoTcsa Mexay KCUnemMHON NiacTuH-
KoM 1 GNO3MHbIMY NOMOCAMM.

CocyamncTbiii Kam6GMin — BTOpUYHAA cocypoobpasyiolan
MepucTeMa, obecrneunBaoLlas PoCT KOPHSA B TOMLLMHY.
Crena (UeHTpanbHbIA LUAWHAP) — PACMONOXEHHbIN B
LieHTpe OCEeBOr0 OpraHa KOMMMEKC MepBUYHBbIX NPOBOAA-
LLMX TKaHEN, OKPY>KEHHDBIX NePULMKIOM.

CycneH3sop - CTPYKTypa y OCHOBaHMWsA 3apofbllla, coefu-
HAowWwana ero ¢ sHpocnepmom. COCTOMT U3 MOTOMKOB 6a-
3aJIbHOW KNeTKN ABYKIETOYHOro NPo3MOpProHa.
SHAOAEpPMa — CaMblli BHYTPEHHUI CNOW KNETOK NepBUYHOA
KOPbl, OKpY»KaloLLunii cTeny.
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COCYZIMCTOI CUCTEMbI KOHUMKA KOPHSI B TIOCTIMOPHOHAIBbHBIH
MIEPHOJL PA3BUTHSA: Ha MOIEPEYHOM CpE3E M0 TUAMETPy pac-
TIOJIATAETCSI OJJH CII0H KIJIETOK-TTPE/IIIECTBEHHUKOB KCHIIEMBI,
K KOTOPOMY C 00€HUX CTOPOH MPUJIETAIOT KIETKU HPOKAMOUA,
oTzenss OyayIIyto KCHIIEMY OT ABYX TSKEH KIIETOK-TIpesiie-
CTBEHHHUKOB (DJIO3MBI, PACIIOJIOKEHHBIX B IIEPIICHINKYIISIPHOM
rtockoctH (Dolan et al., 1993) (puc. 2 u 3, ). Dta cTpykrypa
OKpY’KeHa KJIETKAMH HePUUUKIIA, KOTOPBIE TAKKE POUCXOASAT
OT MPOBACKYJSIPHBIX MHUIMANIEH. BMecTe OHM COCTaBISIOT
uenmpanvuslil yuaundp (cmeny) (cm. puc. 1). Crout or-
METHUTh, YTO HOMEHKJIaTypa CTaJuil pa3BUTHs MIPOBOASILIEH
TKaHW KOpHs AocTatouHo pasmbita (Furuta et al., 2014), B
YaCTHOCTH, BO MHOTMX MCTOYHUKAX TEPMHUH IIPOKaMOMIi»
UCTIONB3YIOT Il 0003HAYEHHs HE TOIBKO HE/IETCPMUHNPOBAH-
HBIX KJICTOK TIEPBUYHON MPOBOJAIICH TKaHHU ITPOPOCTKA, HO
U BCeW MPOBACKYISIPHON MEPUCTEMBI 3apojibliia (HarpumMep,
(Busse, Evert, 1999)).

Bckope nocie npopactanus 1uddepeHIrpoBKa IpoBOas-
IMX 3JIEMCHTOB HAYMHACTCA B CTCJIC T'MIIOKOTHIIA U XKUJIKaX
cemsiioel (TIPOBAcKyJsipHAsl MEPUCTEMa MOCIECIHNUX TPO-
MCXOIHT OT alnKaJbHOI MepucTeMsl mobera (Miyashima et
al., 2013)). OT TUIOKOTWIIS ATOT ITPOLIECC PACTIPOCTPAHSIETCSI
BBEPX M BHU3 MO 3MUKOTHIIO0 M KOPHIO COOTBETCTBEHHO
(Busse, Evert, 1999; De Rybel et al., 2014b; Furuta et al.,
2014). Y A. thaliana nepsbivu quddepeHInPYOTCS TpHIe-
TaIOMINE K EPUIIUKITY CHTOBHIHBIE SJIEMEHTHI TPOTO(IIOAMBI.
[TockonbKy OKpyXKaloye X KJISTKH MPOJOIKAIOT aKTHBHO
pactu B JUIMHY, KJIETKH MPOTO(IOIMBI BCKOPE MOTHOAIOT,
1 uX (YHKIMOHAIBHO 3aMEmaloT Au(QepeHITpyomuecs
TIO3/THEE CUTOBH/IHBIC AIEMEHTHI METa(II03MBI, KOTOPHIE pac-
noJiararotcst onmke K neHtpy creinsl (Graeff, Hardtke, 2021;
Truernit, 2022). [lanee hopMUpPYIOTCS TPOBOISAIINE SIEMEHTHI
MIPOTOKCWJIEMBI, PACIIOIOKEHHbBIC HA TONIOCAX KCUTEMHOU
naacmuHKu 1 UMCIOLINE KOJIBYAThIC WJIN CIIMPAJIbHBIC YTOJI-
IIEHNs] BTOPUYHBIX KJIETOUHBIX CTeHOK. [Tlocnennnmu nudde-
PEHIMPYIOTCS KIETKH METaKCHIIEMBI C TOUCUHO-TTOPOBBIMHU
WK pETUKYIIAPHBIMU OTIIOKCHUAMU JIMTHUHA, 3aHUMAIOIEe
[EHTpaIbHOE TIONOKEHNE B KCHIIeMHOH mractuake (Razicka
etal., 2015).

B mpouecce pocra KOpHsL B JUIMHY HOBBIE KIIETKHM IIPO-
JTYLUHUPYIOTCS 32 CUCT AHMUKAUHATbHBIX O€NeHUll KIETOK
AnUKAIbLHOU MePUCmeMbl, PACTIONOKEHHOH B KOHUMKE KOp-
Hs (Desvoyes et al., 2021). AnukajbHas MepucTeMa KOpPHsI
A. thaliana 3aKpBITOTO THIIA, T. €. Pa3HBIE CTBOJIOBBIE KIICTKH
(MHUIMAIK), ¥Mesl HEOTPAHUYCHHBIH MMOTECHINAI JIeJICHNS,
MPOAYLMPYIOT HE JI000i1, a CTPOro OrpaHMYECHHBII THII Kile-
TOK, W JUISI KaXI0H auddepeHnnpoBaHHON KISTKH JIETKO
MPOCIIEIUTh, OT KAKOW CTBOJIOBOW KJIETKM OHA IPOU30IIIA
(cm. puc. 1). Cpenu nHUIMANIEH CTEIBI MOXKHO BBIICTUThH T€,
KOTOpBIE AAafOT Hadano: 1) mpoTokcuieme; 2) MEeTaKCUIeMe;
3) KJIETKaM MTPOKaMOMs ¥ CHTOBHIHBIM JIEMEHTaM IIPOTO- U
MeTaduIodMbl (B 3TOM CIIydae TPU THIIA KJIETOK MPOUCXOIST
OT OJHOM CTBOJIOBOH KIIETKU B PE3YyNIbTAaTe CEPUU aHTUKIIU-
HaJIbHBIX U HEPUKAUNHAILHBIX OelleHuil); 4) TOIBKO KIIeTKaM
npokaMm6Ous; 5) nepunukiy (cMm. puc. 3, 6) (Méhonen et
al., 2000; Rodriguez-Villalon et al., 2015; Truernit, 2022).
BzanmHoe pacrnonoxeHrne HHUIMAJICH COOTBETCTBYET THapX-
HOM OpraHu3aiuu COCyIUCTONW CUCTEMBI KOPHS (CM. puc. 3).
Taknm 00pa3oM, KJI€TOUHAs UIEHTUYHOCTh, yCTAaHOBJICHHAS
B IIPOBACKYJISIPHOM MEpHCTEME 3apOJIBIIIA, MOAICPKUBACTCS
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B alMKaJIbHON MepucTeMe KopHs. ClieyeT OTMETHUTb, YTO B
COCYIMCTOH CHCTEME TIOMHMO IIPOTO- U METAKCHIIEMBI, IIPO-
TO- ¥ META(IIOIMBI M TPOKAMOMSI BBIJICIISIIOT TaK)Ke KICTKH-
cryTHUIBI. HekoTopeie aBTOpHI IpeyiaraoT oosiee cTporo
OIIPEeNIeNIATh UX KaK KIETKH, O00HBIE KJIeTKaM-CITy THHLIAM
(Truernit, 2022). OTH KJIETKH NMPHUJIETAIOT K CUTOBHIHBIM
3JIEMEHTaM MPOTO- U MeTa(IodMbI U 00JIaAAI0T PSIIIOM MOP-
(donornyecknx U GUINOIOTHIECKUX XAPAKTEPUCTHK KJle-
tok-crryTHUTL (Stadler et al., 2005; Ross-Elliott et al., 2017;
Smetana et al., 2019; Graeff, Hardtke, 2021), Ho, B 0IM4HE OT
TIOCIIEIHNX, B HUILIE CTBOJIOBBIX KJIIETOK OHH HE UMEIOT O0IIeH
MHUIMAIY ¢ 3JIEMEHTaMH MpoTto- U Metadoambl (Mdhonen
et al., 2000). Kietku, nonoOHbIe Ki€TKaM-CITyTHULIAM, AU(-
(epeHIMpPYIOTCA, KOTia HAYNHAIOT (yHKIIMOHUPOBATH CHTO-
BuHBIC 1eMeHThl potoduioamsl (Graeff, Hardtke, 2021).
Y A. thaliana napeHxuMa KCHIEMbI U (JI0O3MbI, BOJIOKHA, a
TaK)Ke UCTUHHBIE KIETKU-CIIyTHHLBI TH(HEPSHIUPYIOTCS
TOJIBKO BO BpeMsi BropuuHoro pocra (Ruzicka et al., 2015;
Truernit, 2022).

®opmuposaHue Kambus

B nepBuuHoi cocynuctoi cucreme A. thaliana nepukimHab-
HBIE JIeJIEHNS KJIETOK IIPOKaMOUst HEMHOTOYHCIICHHBI, OJTHAKO
10 Mepe Pa3BUTHS KOPHS MOcie (POPMHUPOBAHHS TIEPBUYHOM
CocyﬂHCTOﬁ CCTHU OTU KIJICTKHM HAYUMHAKOT aKTUBHO ACJIUTHCA
B NEPHKIMHAIBHON IIOCKOCTH. [lepuKinHaIbHbIE eIeHus
MPOUCXOMAT TAKXKE B KICTKAX MEPHLHUKIIA, IPUIICTAIOMINX K
KCHJIEMHOH TIIaCTUHKE. B pesynbrare popMupyercs 3aMKHY-
TOE KOJIBLO KJICTOK, OKPYXKAIOIIUX KCHIIEMY, KOTOpPOe JaeT
Havajo cocyoucmomy kamouro (cM. puc. 3, ¢) (Baum et al.,
2002; Nieminen et al., 2015; Razicka et al., 2015; Smetana
et al., 2019). Tombko Te KIETKH MPOKaMOWS W TIEPHUIIMKIIA,
KOTOpPbIE UIMEFOT HEMOCPEACTBEHHBII KOHTAKT C IIEPBUYHBIMH
COCYJIaMH KCUJIEMBI, JIAFOT Ha4aJlo COCYMCTOMY KaMOHIO (T. e.
o0namaroT CBOMCTBaMH CTBOJIOBBIX) (Smetana et al., 2019).
[ToToMKH IpyTruX MpONU(EpUPYIOMIUX KIETOK MPOKaMOMs
ddepeHIHpyoTCs B KIETKH (IOAMBI.

Takum o0Gpa3om, B Tpolecce pocTa KOpHS JHapXHas op-
raHu3alys MEPBUYHON COCYIUCTOH CHCTEMBI 3aMEHSCTCS
ameukpubpanvHoll opranuzanueidl BTOpUYHONW COCYUCTON
CHCTEMBI, KOT/Ia KCniieMa OKpYsKeHa ()JI09MOH, a MEKTy HUMH
pacrnionaraercs cioi kamOus (cm. puc. 3, 6). [lyrem acummem-
PUYHBIX OelleHuil KKIasi CTBOJIOBasl KJIETKa KaMOUsl CIo-
coOHa MPOIYLMPOBATE HAPYXKY KIETKH (IIOIMBI, 2 BHYTPb —
KJICTKU KCUIIEMbI, 00€CIIeurBasi POCT KOPHS B TOJILHHY (Sme-
tana et al., 2019). Y HekoTOpbIX BHUIOB, HarpuMmep y 00Jb-
IIMHCTBA OJHOJOJBHBIX, KAMOUI He 00pa3yeTcs M BTOPHYHBIA
POCT OTCYTCTBYET. B 3TOM cilydyae Bce KIETKH MPOKaMOus B
KOHEYHOM HTOTe MU GEPEHIIPYIOTCS.

YcTaHOBNEHVE NONAPHOCTY 3apoAbllla

n npegeTtepmMmmnHalmna NpoBaCKyNnApPHbDbIX VIHI/ILI,I/IaHEI‘/'I
Pa3BuTHE MHOTOKJIETOYHOTO OPTaHM3Ma COMPOBOXKIAETCS
MOCTENEHHBIM POCTOM OTPAHUYEHUS KJIETOUHBIX MOTEHIHIH.
IlepBslii aTan 3TOroO MpoLecca — NpeAeTepPMUHALIUS, WIH CIIe-
udurkanys, T. €. onpeaereHue Cy1b0bl TOTUIIOTEHTHON KIIET-
KH, YCTAHOBIICHHE, TPEIIECTBEHHUKOM KIIETOK KaKOTO THUIIA
oHa craHer. [Ipu 3ToM KkietTka ocraercst HequppepeHInpOBaH-
HOM, 1 ee criennUKaIys IIpy OTPe/IeNICHHBIX YCIOBHUIX 00pa-
TuMa. JleTepMHUHALMS KIETOYHON HACHTUYHOCTH 3a1€HCTBY-
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OkTaHT [epmatoreH

PaHHAA TepexogHaa CeppeukoBuaHas .
rmobyna  cragus cragna Topnepo 3penbiit 3apoablLl

D KneTKn-npepLwecTBEHHUKIN COCYANCTON CUCTEMbI * MNpoBackynapHble UKULMaNA

D CycneHsop

lvnodusa

OMbpUOHanbHble NpeeTePMUHNPOBAHHbIE KNETKY C UAEHTUYHOCTbIO CIeAYIOLLUX TKaHe:
- MeTakcunema - MpoTodnosma

- MpoTokcunema D MeTadnosma

D Mpokamb6uii - KneTku, nofo6Hble KneTkam-crnyTHULaM

D Mepuuukn

Puic. 2. Pa3Butre npoBackynapHoi Mmepuctemsl A. thaliana B smbprioreHese.

3penblii 3apOoAbILL COAEPXKUT NPefeTePMHNPOBAHHbBIE, HO He ANddEePEeHLMPOBaHHbIE KNETKM-NPEALLECTBEHHKI S/IEMEHTOB COCYANCTON
CUCTEMBbI.

OpFaHI/I3aL|VIﬂ I'IepBI/ILIHOIh I'IpOBO,EI,ﬂLLl,eVI TKaHu OpFaHI/I3aL|,I/Iﬂ BTOpI/ILIHOVI nposop,ﬂu.leﬁ TKaHn

WHnunanu:

I:I npoayuvpyloLme metakcunemy

|:] npoAyLvpyoLLvie CUTOBUAHBIE S1eMeHTbl GpI03Mbl U HEKOTOpPble KNeTKM npokambus
- nponyuvpyoLme nepuumKkn

D Huwa cTBONOBbIX KNETOK
- Metakcrnema

- MpoTtokcunema

I:I Mpokamb6uin

- Mpotodnoama

I:I Metadpnosma

KneTkun, noao6bHble KneTkam-CryTHULam

Mepvunkn

KneTku-npeAwecTBeHHUKN CUTOBUAHbIX 31IEMEHTOB
BropuuHas kcunema

Kam6un

| [mimiw(=

BropunyHas ¢nosma

Puc. 3. OpraHusayusa nepBUYHON 1 BTOPUYHON NPOBOASALLEN TKaHW B KOpHe A. thaliana B NocTambprioHasbHbI NepUOS,.

Crena KoHUMKa KOpHsA (a, 6) MMeeT ArnapxHyio OpraHM3aLmio U COCTOUT U3 NPOoKaMbus, NepBUYHON GO3MbI 1 NEPBUYHON KCUNEMbI, OKPY-
KEHHbIX NepuLmKIom. NMepBuyHan Gprosma coCTOUT 13 MPOTO- 1 MeTapI03MbI, @ TaKKe KNeToK, NOAOOHbIX KeTKaM-cnyTHUUaM. [MepBryHas
Kcunema coCTOUT U3 MPOTO- U MeTaKCueMbl. B HuLLe CTBONOBLIX KNETOK Ha NPOJONbHOM cpe3e (6) BUAHbI 1BE MHULManu, npoayumpyiolme
npoKamb6uin/npoTo-/meTadpnosmy, ABe UHMULMANN, NPOAYLIMPYIOLLME NEPULIMKI, U OAHA MHULMANb, MTPOAyLMpYioLas MeTakcunemy. Mpu ne-
pexo/ie KOPHA KO BTOPUYHOMY POCTY (8) KaMbuil npofyLMpyeT HapyKy KNeTkn Gioambl, a BHyTPb — KNETKU KCUNeMbl, B pe3ynbTaTe AnapxHas
opraHu3auua NPOBOAALLEro MyyKa 3ameHsAeTcA ambrKprbpanbHON.
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€T JIOKAJIbHOE HAKOIJICHUE CHUTHAJIBHBIX MOJIEKYJ, KOTOpbIE
AKTUBUPYIOT WJIH MOAABIAIOT pabOTy TeHHBIX CETEH, MPUCy-
X KOHKPETHBIM KJIETOYHBIM THNaM. B manHOM mpomecce
BO)XHYIO POJIb, KaK PABUJIO, HTPAIOT MOOMJIbHBIE (haKTOPBbI,
CIIOCOOHBIE TTEPEMEIIATHCS MEX Y KIIeTKaMK 1 (JOPMHPOBATh
rpaauenTsl (Seo et al., 2020).

Crenngukanuy MpoBacKyJIsSipHbIX MHUIMAJIEH Ha paHHEH
TIOOYISAPHON CTaaAny SMOpPHOTeHEe3a MPEANISCTBYET Cepus
KJIETOYHBIX JICJICHUH 1 YCTaHOBIICHUE MTOJIIPHOCTH 3apOIbIIa
(Lau et al., 2012; De Rybel et al., 2014b). KoppektHoe 1po-
XOXKJCHHE THX IMPOIECCOB HEOOXOAMMO, YTOOBI Pa3BUTHE
MPOBOSAIIECH TKaHW HA4aJloCh C MPAaBMJIBHOTO KOJIMYECTBA
KJIETOK, 3aHUMAIOIIMX MMPABMWIbHYIO Mo3uLuI0. KirtoueBbim
PETYAATOPOM SMOpHOTEHE3a CITY>KUT (PUTOTOPMOH ayKCHH,
HEOJHOPOAHOE paclpe/ie]IeHHe KOTOPOTo MPEa0CTaBIsueT
MO3UIMOHHYIO UH(POPMAIIHMIO, HAIIPABISIONYI0 Pa3BUTHE
3apoxpimra (Weijers, Jirgens, 2005; Smit, Weijers, 2015;
Mironova et al., 2017). OcHoBHBIM 3(h(heKTOPOM ayKCHHA B
IMOpHUOreHe3e sIBIsIeTCs TPaHCKPUIIMOHHBIN (akTop (TD)
AUXIN RESPONSE FACTOR 5 (ARF5)/MONOPTEROS
(MP) (Smit, Weijers, 2015; Verma et al., 2021). Cunraercs,
410 (POPMHUPOBAHHUE MATTEPHA PACHIPE/ICIICHHsI CUTHAJIA ayK-
cuHa obecrieunBaeTcs IIaBHBIM 00pa3oM 3a CUeT OOpaTHBIX
CBsI3el B peryssinun OnocuHTe3a (puToropMoHa, ero moyispHo-
IO MEXKJIETOYHOTO TPAHCIIOPTA M CUTHAJIBHOTO MyTH (Sauer
etal., 2006; Moller, Weijers, 2009; Lau et al., 2011; Robert et
al., 2015). B pe3ynbrare Ha paHHHX CTaAUsAX HIMOpHOTrEeHe3a
AyKCHH HaKaIUIMBAeTCs B allMKaJIbHBIX KIIETKaX, ONpeaesss
TakuM 00pa3oM mosipHOCTH 3apoxasimia (Wabnik et al.,
2013). Haunnas ¢ panHeii moOytspHOi craamuu (32 KIeTKn)
€ro MakCUMyM CMEIIAeTCsl B BEPXHUE KIETKH CYCneH3opa,
BKIIIOYAs 2UNO@u3y, KOTOpas B AAJbHEHIIEM JacT HAdallo
MOKOSIIIIEMYCsl ICHTPY alMKaIbHOI Mepructemsl KopHst (Friml
et al., 2003; Tanaka et al., 2000).

XOTs1 aHATOMHYECKH YETHIPE MTPOBACKYIISIPHBIC MHUIIMAIN
BBIZICIISIIOTCS TOJIBKO Ha paHHel rio0yssipHo# craauu (Scheres
et al., 1994), kiieTo4Hast HACHTHYHOCTh MPEAIICCTBCHHUKOB
MIPOBOJISIIIEH TKAHW YCTAHABIMBAETCSA B UETHIPEX BHYTPEH-
HUX KJIETKaxX HIKHETO CJIOS MPO3MOPHOHA yXKe Ha CTaJnuu
nepmarorena (puc. 4, a) (Smit et al., 2020). B pesynsrare
MEPUKITMHAIBLHOTO JISTICHUS TIPH TIEPEXO0Ie Ha CTAIHIO 32 Kile-
TOK OHH NPOIYLUPYIOT HapyXy KIETKU-TPEANICCTBCHHUKI
HePEUUHOIL KOPbL, KOTOPBIE TEPSIOT COCYIUCTYIO WICHTHY-
HOCTh UX MaTE€PUHCKUX KIETOK (cM. puc. 4, a, 6) (Palovaara
et al.,, 2017; Smit et al., 2020). HeoOXoauMBbIM yCIOBHEM
creunuKaluy MPOBACKYISIPHBIX MHHUIMAJIEH SIBISETCS
ARF5/MP-3aBucuMast akTHBAIHS CHTHAIBHOTO ITyTH ayKCHHA,
OJTHAKO 3TOTO ycioBus Hemocratouno (Moller et al., 2017;
Smit et al., 2020). KoHKpeTHbIE y4acTHHKH, COJICHCTBYIOIIIE
AyKCHHY, JOCTOBEPHO HEM3BECTHBI, XOTS NPEIOJIaraeTcs,
YTO 3Ty POJIb BBITIOJHICT HE OMH KIIFOYEBOH PEryssiTop, a
MHOTOKOMIIOHEHTHas PEryJIsITOpHasl CETh, OJHUM M3 ydacT-
HUKOB KoTOpoit MoxkeT ObITh T® G-BOX BINDING FAC-
TOR 2 (GBF2) (Smit et al., 2020) (cm. puc. 4, a). Cuuraercs,
yro GBF2 monynupyer csszpiBanue ARFS/MP ¢ npomoro-
pamu reHoB-mumieHeil. CTOUT OTMETHTh, YTO COCTOSIHUE, B
KOTOPOM €MHO00pa3HO creu(ruIpoBaHbl MpeIIIeCTBEH-
HUKH COCYIMCTOW CHUCTEMbI, BEPOSITHEE BCEro, KpaTKOBpe-
MEHHOE, 0e3 YCTOHYNBOH eAMHO00pa3HON KISTOYHOH H/ICH-
TUYHOCTH.
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HPEHETepMVIHaLWIﬂ KNeToK COCVFWICTOVI cncrembl

B MPOBACKY/SIPHOW MepucTeme

IIo Mepe KOHTPOJUPYEMBIX OPUEHTUPOBAHHBIX JEJICHUI
MIPOBACKYIISIPHBIX MHUIMAJIEH W UX MTOTOMKOB IPOUCXOIUT
pa3MeTKa COCYIMUCTON CHCTEMBI THIIOKOTHIISI X KOPHSI ITyTEM
cnenr(UKaui KOHKPETHBIX KJIETOYHBIX TUHOB. Ha aToM
STaIe BaKHBIM ACHEKTOM SIBJISETCSl YCTAHOBICHHE TPAHUI]
KJICTOYHBIX JIOMEHOB, IMEIOIINX Pa3HYIO CTPYKTYpPHO-(DYHK-
UOHAJIBHYIO NPUHAUIeKHOCTh. K KOHIy aMOpHroreHesa B
MIPOBACKYIISIPHOM MEpPHUCTEME 3apOJIbIIIIa Y Ke Olpe/ieIeHa Kile-
TOYHAsI UJICHTHYHOCTH BCEX 2IEMEHTOB COCYIUCTON CHCTEMBI:
MPOTOKCUIIEMbI, METAKCHIIEMBI, IIPOTO(II0IMBI, MeTa(II03MBbl,
KJIETOK, TOOOHBIX KJICTKAM-CITy THULIAM, ¥ TPOKaMOHsI, 0 4eM
B COBOKYITHOCTH CBUJICTEIILCTBYIOT IAHHBIE 110 MOP(HOIOTUHI
KJIETOK M 9KCIIPECCUH TeHOB-MapkepoB (cM. puc. 2) (Bonke
et al., 2003; Bauby et al., 2007).

Cunraercs, 4To y)Ke Ha paHHEH IIOOYISIpHOW cTaauu
aMOpHoreHe3a OUCUMMETpHIo Oyaymiero KopHs 4. thaliana
MIPEeIOTIPEEIsieT HAJIMUUE PACIIMPEHHOTO KOHTAKTa MEKITY
JIBYMsI pacIiOJIOKCHHBIMH T10 THATOHAIIH IPYT OTHOCHTEIILHO
JIpyTa MpOBacKyJISpHBIMA HHUIHAIAME (CM. puc. 4, 6). Ta-
KO KOHTaKT BO3HHMKAET, BEPOATHO, B PE3YJIbTaTe HETOUHOTO
COBITQ/ICHHS TUIOCKOCTEH JIeJICHHsI B IPOIMOPHOHE yXKe Ha
CTaJM YeThIpeX KJIETOK M B JalibHEelIeM BaxkeH Juisi (op-
MupoBaHus KerieMHoi ractiuakd (De Rybel et al., 2014a).
Haunnast ¢ paHHell cepieuKkoBHIHOM cTaauu sMOproreHes3a
B TaKHe€ KOHTAKTHPYIOIIIE MPOBACKYJSIPHBIC KJIETKH aKTUBHO
TPAHCHOPTUPYETCS] ayKCUH M3 PACIOJIOKCHHBIX HAJ| HUMHU
3a4aTKOB CEMsIJIONEH, TOr/la KaK B IPYTUX KIIETKAaX YPOBEHb
ropmoHna ocraetcst Huskum (Bishopp et al., 2011a; Help et
al., 2011; De Rybel et al., 2014a). JlokanpHOE TOBBIIICHHE
KOHIIEHTPAIMK ayKCUHAa HEOOXOAMMO ISl crenn(UKaAIIH
KJICTOK-ITPEAIICCTBEHHUKOB KcuiieMbl (Bishopp et al., 2011a).

B T0 e Bpems 3TH KIIeTKH O1arofapst BRICOKOMY COfiepxkKa-
HUIO ayKCHHA BBICTYIIAIOT B KAYE€CTBE OPraHHU3YIOMIETo [IEHTpa
[IPOBACKYJIIPHON MEPUCTEMBI, KOTOPbI1 CKOOPAUHUPOBAHHO
pEryiupyeT €€ pocT 3a CUeT NEPUKINHAIBHBIX JICJICHUH U
ycTaHoBJIeHUsT dbucummMerpruuHoi opranuzanun (De Rybel
et al., 2014a). Aykcun unnyuupyer ARFS/MP-3aBucumyro
skcripeccuio T® TARGET OF MONOPTEROS 5 (TMOS)
n TMOS-LIKEI (T5L1) (Schlereth et al., 2010; De Rybel et
al., 2013, 2014b), kotopsie, HopMHPYs TETEPOTUMEPHI C ayK-
cun-He3aBucuMbiM TO LONESOME HIGHWAY (LHW) (De
Rybel et al., 2013), akTHBHPYIOT KCIPECCUIO TEHOB OMOCHH-
te3a uurokuuuna LONELY GUY3 (LOG3) u LOG4 (Kuroha
etal., 2009; De Rybel et al., 2014a) (cm. puc. 4, 8). OmHOBpE-
MEHHO ayKCHH OJIOKHPYET Iepe/iady INTOKHHUHOBOTO CHT'Ha-
J1a, MoBkIIas dkcnpeccuto rena ARABIDOPSIS HISTIDINE
PHOSPHOTRANSFER PROTEIN 6 (AHP6), KongupyIoLero
MHTUOUTOp CUTHAJIBHOTO MyTH nuToKMHKMHA (Mdhdnen et al.,
2006; Bishopp et al., 2011a). Takum 00pa3oM, B KJICTKaX-TIPe/-
IIECTBEHHUKAX KCHIIEMbI (JOPMHUPYETCs! IOKaIbHBIN HCTOYHHK
IIUTOKMHUHA Ha (OHE OJIOKMPOBKU CUTHAIILHOTO ITYTH 3TOTO
(hutoropmoHa.

IloBblIlLIEHHBIH YPOBEHb LIUTOKUHUHA, C OIHOM CTOPOHBI,
OTpaHMYMBACT YTCKaHHE ayKCHHA U3 KIIETOK-IPE/IIICCTBEH-
HUKOB KCHJIEMbI, KOHTPOJIMPYSI JJOKAIU3ALHUIO TPAHCIIOpTEpa
aykcumaa PIN-FORMED 1 (PIN1) Ha xierounoii MemOpane
(Marhavy et al., 2011; De Rybel et al., 2014a). C npyroit
CTOPOHBI, IIUTOKUHUH MOCPEACTBOM TU(GPY3Un MUTpUpPYET
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Puc. 4. TeHeTryecKas perynaums pa3sBuTrsA NPOBACKYAPHON MeprcTeMbl B SMOproreHese.

a - npepeTepMUHaLINA NPOBACKYNAPHbIX MHMLManein. KnetouHas MAEHTVYHOCTb NPeALLECTBEHHKOB MPOBOAALLEN TKaHW
YCTaHaBNVBAETCA B YETbIPEX BHYTPEHHMX KNEeTKaxX HUXKHEro Cosi NPo3MOpUOHa Ha CTaAnu fepmaToreHa, XoTa aHaToMu-
YecKM YeTbipe NPOBaCKyNAPHbIE MHULMANN BbIAENAIOTCA TONBKO Ha PaHHEN rnobynapHo cTaguy; 6 — npeaeTepMUHaLmna
KNeTOoK-NpeALWwecTBEHHNKOB KCUIeMbl Ha paHHeN rnobynapHoi cTaguu; 8 — opMmpoBaHrie GUCUMMETPUYHOIO NaTTepHa 1
npeAeTepMUHALNA KNETOK-NPEALECTBEHHUKOB KCUeMbl U GI03Mbl HaUMHaA C CEPAEUYKOBUAHO CTaguu.

B COCEIHHWE KIJICTKH I10 TPAAMEHTy KOHLEHTpauuu. B aTHx
KJIETKaX aKTHBAIMsl CUTHAJILHOTO KacKa/la IIMTOKHHUHA B OT-
cyrctBue uarnontopa (Cheng, Kieber, 2014) ctumynupyer
NepuKINHAIBHBIE AeneHus (Smit, Weijers, 2015). B To xe
BpEMsl aKTHBALUSI CUTHAJIBHOTO MyTH UTOKMHUHA I10JIaB-
JsIeT crienU(UKANnIo KJIETOK 10 KCHIIEMHOMY ITYTH pa3BH-
tus (Mahonen et al., 2006). DToT MexaHU3M OOecCIICUUBACT
pagvalbHBIA POCT MPOBACKYISAPHON MEPUCTEMBI, KOTOPbII
CONPOBOXK/AETCS IPOCTPAHCTBEHHBIM Pa3/Ie/ICHUEM JOMEHOB
MOBBIIICHHOTO CUTHANA ayKCHHA (KJIETKU IPUOOPETAIOT H/ICH-
THUYHOCTbH KCHJIEMbI) M IUTOKWHHUHA (TUTFOPUTIOTEHTHBIE KJIET-
KH TIpokamous). Ero 1o0cTaToqHOCTS 7151 caMOOpraHu3auu
OMCUMMETPUYHOTO TTaTTEPHA B TPOBACKYIISIPHON MEpUCTEME
ObL1a MOATBEPK/IEHA C IOMOIIBI0 MaTeMaTHYECKOH MOJIeNH
(De Rybel et al., 2014a).

B kireTkax-mpeecTBeHHNKAX MPOBACKYISIPHOW MepH-
CTeMbI B paHHEM 3MOpHOreHe3e HaYMHAIOT SKCIPECCUpO-
BaThCS T'eHBI, KOIHpYIonwe nmenTuaHbi ropMmoH CLAVATA 3
(CLV3)/EMBRYO SURROUNDING REGION 25 (CLE25)
n moousbHble TO cemeiictBa DNA BINDING WITH ONE
FINGER (DOF), o6senunennsie B rpyrimy PHLOEM EARLY
DOF (PEAR), koTOpBIE B TOCTAIMOPHOHAIBHBIN IIEPHOI Map-
KUPYIOT KJIETKU-TIPE/IIECTBEHHUKH CUTOBH/THBIX JIEMEHTOB
(Miyashima et al., 2019; Ren et al., 2019). CLE25 sxcripec-
cUpyeTcsl Ha9MHAasl CO CTaAuK 64-KJIETOYHOTO 3apojblia
(Ren et al., 2019). He3aBucumasi OT IMTOKWHUHA AaKTHBALIUS
PEARI netextupyetcs yke Ha cTaanu 16 KIEToK, a ¢ paHHEeH
CepJICYKOBHIHOM CTa/IMH HKCIIPECCHIO 3TOTO TeHA aKTHBUPYET
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U noaep kuBaeT nuTokuHUH (Miyashima et al., 2019). [Tpex-
nonaraercs, uyto nentug CLE25, cBs3biBasch ¢ penentop-
HbIM KoMIiekcoM CLE-RESISTANT RECEPTOR KINASE
(CLERK)-CLV2, u napamrensno T® PEAR1 BHOCST BKiTazg
B PaHHIOK CHCHU(PUKAIUIO KICTOK-IIPEAIICCTBCHHUKOB
(hmosmel. OHAKO, B OTIIMYHE OT KJIETOK KCHIIEMBI, MEXaHH3M,
WHUIAUPYIOMUN pa3BUTHE (PIOAMBI B SMOpPHOTEHE3e, TTOKa
HEH3BECTEH.

Moanpep»aHne KNETOYHOW NAEHTUYHOCTH
npeaLwecTBeHHNKOB Kcuiembl U ¢Gnosmbl
B anunKaJibHO MepucTeMe KOpHs

BucMMMeTpUYHBIN NaTTepH B cTene

B noctamMOproHaneHBIN epro B IPE/IIECTBEHHUKAX Kie-
TOK CTeJbl y A. thaliana B anuKaibHOU MEPUCTEME MOJICP-
JKMBAeTCd OMCHMMETPHUYHBIA NAaTTepPH, YCTAaHOBJICHHBIH B
smOpuorenese. HekoTopsie MeXaHN3MBI, PEryJIUpYIOIIIE Kie-
TOYHYIO IMHAMUKY U [TPEIeTEPMUHALIMIO HJIEMEHTOB COCYIIHC-
TOM CUCTEMBI B IPOBACKYJISIPHON MEPUCTEME, MTPOAOIKAIOT
(DYyHKIIMOHMPOBATh U Tocie npopactanus. OHAKO HENb3s
C TMOJIHOM YBEPCHHOCTHIO YTBEPKAATh, YTO 3TU MCXaHU3MbI
a0COJIFOTHO MIECHTAYHEI.

B anmxanbHOI MepHucTeMe KJIETKH-TIPEIIIeCTBEHHUKN
KCUJIEMBI C BBICOKHM COJIEpP)KaHUEM ayKCHHA COXPaHSIOT
(hyHKIIHIO OpPTaHMU3YIOUIETO IEeHTpa, ocymecTBiss TMOS/
LHW-omnocpennoBaHHy0 peryssiiiio ypoBHS IUTOKMHUHA B
kJeTkax npokam6us (puc. 5) (Ohashi-Ito, Bergmann, 2007;
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Puc. 5. BUCMMETPUYHDBIN NaTTepPH pacnpeeneHuns ayKCrHa n LMTOKMHUHA B CTeNe KOHUMKA KopHs A. thaliana. KcunemHas nna-
CTVIHKa PacrosaraeTcs nepreHanKynsapHo (a) nm napanienbHo (6) niocKoCTM ONTUHECKOro cpesa.

MuKpouzobpaxeHua oA penoptepHoin nuHum TCSn::ntdTomato-DR5revV2:n3GFP (Smet et al., 2019) nonyyeHbl HAMU C MOMOLLbIO KOH-
doKanbHOro MMKpockona. KnetouHble CTEHKM OKpalleHbl Mponvanii hoanaoM. AnepHole curHanbl GFP (3eneHblin) 1 Tomato (KpacHbii)
OTpa)atoT aKTUBHOCTb CUTHAMBHbIX MyTEN ayKCUHA N LUTOKMHUHA COOTBETCTBEHHO. AyKCUHOBBIV OTBET HabntoaaeTcs B NpeawecTBEHHN-
KaX KCunembl C MaKCUMYyMOM B NMpefLIeCcTBEHHVIKaX MPOTOKCUIEMbI, LUTOKUHWUHOBDI OTBET — B KNeTKax NPoKaMOus, KOHTaKTUPYOLWMX C

KCuUnemom, MapKrpys Takum 06pasom MoppodyHKLMOHANbHbIE [JOMEHbI CTESbl KOHYMKa KOpHs. LLkana 50 MKM.

LIMTOKMHNHOBDIN
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Onosma Mpokam6uin Kcnnema

Puc. 6. MexaHu3m nopaepxaHua 6UCMMMETPUYHOrO MaTTepHa pacnpe-
JeneHnsa ayKcmHa 1 UMTOKMHMHA B CTefle KOHUMKa KopHa A. thaliana B
NoCTaMOPUOHaIbHBIN NepPUoA.

3Besgouka 0603HauaeT Gu3nueckoe B3aVMOAEUCTBME MexXZy 6enkamu ¢
dopmmpoBaHMeM fUMepa, LUTPVXOBAA CTPESKA — NepeMeLLeHe MOBUIbHBIX
perynsTopos.

Bishopp et al., 2011a; De Rybel et al., 2013; Ohashi-Ito et al.,
2013,2014; Vera-Sirera et al., 2015; Yang et al., 2021). Beico-
KOE COJIep)KaHNe aKTUBHOTO IIUTOKMHNHA B KJIETKaX KCHIIEMbI
noaaepxkuBaetces myrem TMOS/LHW-3aBucuMoii akTHBaIiu
HE TOJLKO TeHOB OmocuHTe3a 1urtokuanaa LOG3 u LOG4,
Ho ¥ reHa BGLU44, xonupytoiero GpepMenT B-rimoko3naasy
(puc. 6). LINTOKMHUHOBBIN OTBET B KCHJIEME OJIOKUPYeTCs
ayKCHHOM IIOCPEACTBOM MHAYKLMHM 3Kcnpeccuu rena AHP6
(Bishopp et al., 2011a), a Takke OrpaHUYCHUS AKTUBHOCTH
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TMOS/LHW nyTeM akTHBalUU PETYISTOPHOTO MOIYJIs
ACAULIS 5 (ACL5)-SUPPRESSOR OF ACAULISS LIKE3
(SACL3), xoTopslit OokupyeT (hopMHpOBaHUE TETEPOTIME-
pa TMOS/LHW B pesynbrare koukypenuun Td SACL3 3a
cesa3pBanne ¢ LHW (Katayama et al., 2015; Cai et al., 2016)
(cM. prc. 6). B npuneraromux K KCHiIeMe KJIeTKax MpoKaMOust
YPOBEHb IIMUTOKUHHUHA, TUGOYHIUPYIOUIETO U3 KCHUIIEMBI,
orpannunBaetcst TMOS/LHW-3aBucruMoii akTHBaIinei rena
urokrHUH-0Keuaa3bl CYTOKININ OXIDASE 3 (CKX3). Ak-
TUBALUS ATOTO reHa ornocpeayercss MoouiabHbIM TA SHORT
ROOT (SHR) — mpoxykToM reHa-MHIIEHH T€TepOANMEpa
TMOS/LHW. CoueranHoe neiicTBHE pa3HOHAIPABICHHBIX pe-
T'YJSTOPHBIX MOAyJIeH o0ecreunBaeT yCTONUYMBOCTh MaTTEPHA
K KPaTKOBPEMEHHBIM KoJIeOaHHUSIM KOHIIEHTPAINH ayKCHHA B
KJIETKaX KCHJIEMbI, COXPaHsIsl €r0 4yBCTBUTEILHOCTH K OoJree
MEJIJICHHBIM/CTaOMIbHBIM H3MeHeHusM (Yang et al., 2021).
WutepecHo, uto reH SHR BakeH He TOIBKO IS OpTaHU3aIun
paauanbHON CHMMETPHH KOPHSI, HO ¥ JUIst QYHKIIMOHUPOBAHUS
nokosinierocs nentpa (Tsoporosa u np., 2012).
TMOS/LHW-uHaynnpOoBaHHBIN ITUTOKUHIH aKTHBUPYET
tpanckpunuuio T® DOF2.1 B kieTkax mpokaMOus B paioHe
KCHJIEMHOTO TI0JIIOCa, KOHTPOJIMPYS TAKUM 00pa3oM JieJIeHue
9THX KJIETOK (cM. puc. 6) (Smet et al., 2019). [Tomumo kIeTox
KCHJIEMBI, ICTOYHHKOM [TUTOKWHIHA B alTMKaIbHOM MepuCTe-
Me KOpHS MOXKET CIIY>KUTh auddepeHpoBanHas Gpiaosma,
10 KOTOPOii TpaHcmopTupyercs putoropmon (Bishopp et al.,
2011b). OgHako, cOMTacHO pe3yiIbTaTaM MaTeMaTHYeCKOTo
MOJIEIMPOBaHUsL, (PJIOIMHBIN IIUTOKUHUH HE SIBIISIETCS] OCHO-
BOIIOJIAraloIINM HCTOYHUKOM MO3UIIMOHHON HH(OPMAIUH ISt
dbopmupoBaHus GcuMMeTpruIHOTO arTepHa (Muraro et al.,
2014). B To sxe BpeMmsi BLICOKOE COJIep:KaHue IIUTOKUHUHA Ha
(II0MHBIX TONIFOCAX OPTaHNU3yeT MEPUKIMHAIBHBIC ICTICHHS
MIPOKaMOMs Iy TeM aKTHBAIIMN TeHOB MOOMIBbHBIX Td cemei-
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crBa DOF, o0benunsemsix B rpynny PEAR, B Tom uucie
PEARI1, PEAR2, TMO6, DOF6 (Miyashima et al., 2019; Smet
et al., 2019). OHHU cO3aFOT KOHIICHTPAIIMOHHBIN TPAJUCHT U
AKTHBHPYIOT MEPUKINHAIIBHBIE JIJICHHUs] TPOKaMOHaIbHBIX
KJIIETOK, OKPY’KAIOMIMX (PIIOIMHEIH mosfoc. TpaHCKPUTIIIHOH-
uele (akropsl kiacca [II HOMEODOMAIN LEU-ZIPPER
(HD-ZIP III), nomeH 3Kcripeccun KOTOPBIX pacroiaraercs B
[EHTPATBHON YaCTH CTEITBI (CM. J1asiee), OrpaHMIHBAIOT AKTHB-
HOCTh T® rpymmer PEAR (cMm. puc. 6). PEAR1 aktuBupyer
TpaHckpuniuoo reHos cemeiicrea HD-ZIP 111, dopmupys
TaKUM 00pazoM METIIO OTPHUIATEIIEHOW 0OPaTHOI CBA3H.

MpepeTepMuHaLMA NPOTO- N METaKCUIEMbI

Kak n B smMOpurorenese, aykCHH HEOOXOIUM UTS TIpeneTep-
MHHAIMN KJICTOK KCHJIEMBI B alIMKAJILHON MEPHCTEME KOPHSI.
B pasrpannueHnu NpoTO- U METAKCHIIEMBbI KIIIOUEBYIO POJIb
urparT MoOmIbHbIe peryiasTopsl SHR 1 miRNA165/166
(puc. 7). Uctounukom SHR sBISAIOTCS KJIETKN KCHIIEMBI, OT-
kyzna Td pacripocTpaHsieTcs 10 HapaBiIeHUIO K epudepun
U, TOCTUTHYB 2HO00epmul, akTuBupyeT T® SCARECROW
(SCR), B xomIIeKce ¢ KOTOPBIM MHAYIHPYET HKCIPECCHIO
miRNA165/166 (Carlsbecker et al., 2010; De Rybel et al.,
2016). MuxpoPHK muddyHaupyior B coceanue KIETKH,
(hopMHpYs TPaMEHT KOHIICHTPALINH 0 HATIPABJICHUIO K IICHT-
py xopHst. B crene miRNA165/166 noaapisiior SKCIpeccuo
reHos, kogupyromux Td cemeiictea HD-ZIP 111, orpannuu-
Bas ee [EHTPaILHOI o0nacThio (cM. puc. 7). Takum obpazom
NpeIETEPMUHHUPYIOTCSL KIIETKH MeTakcuieMbl. Padoraer nu
JAaHHBIM MEXaHU3M B SMOpHOTeHe3e, HEN3BECTHO, OJIHAKO
910 He ucKirodeHo. B wactroct, T® PHABULOSA (PHB)
cemelictea HD-ZIP III skcnipeccupyercst B KOpHE 3apOo/bliia
(Grigg et al., 2009).

MpepeTepMuHaLA 3n1eMeHTOB $GI03Mbl
K mapkepam (r103Mbl, KOTOPBIE SKCTIPECCHPYIOTCS B KIIETKAX-
Mpe/IIIECTBeHHUKAX 1 HHIYIIUPYIOT Pa3BUTHE TKAHH, OTHOCST
uensiii pag TO cemeiicrea DOF (Miyashima et al., 2019;
Roszak etal., 2021), cynpeccopbl CHTHaJIBHOTO ITyTH CTPUTO-
nakronoB SUPPRESSOR OF MAX2 1-LIKE 3 (SMLX3),
SMLX4 u SMLXS5 (Wallner et al., 2017), MemOpaHHbIC OSTIKH
BREVIS RADIX (BRX), OCTOPUS (OPS), OPS-LIKE 2
(OPL2) (Ruiz Sola et al., 2017), ¢pocharazsy COTYLEDON
VASCULAR PATTERN 2 (CVP2), ee romosnior CVP2-LIKE 1
(CVL1) (Rodriguez-Villalon et al., 2015) u T® ALTERED
PHLOEM DEVELOPMENT (APL) (Bonke et al., 2003).
dopMUPOBaHKE ITEMEHTOB MPOTO(PI0IMBI KOHTPOJIUPYETCS
MyTEM CMEIIEHUS OajaHca B CTOPOHY MHAYLUPYIOUIUX HITH
MO/IABIISIOIINX MEXaHM3MOB.

ueHTpaﬂbeIM 3BCHOM, CBA3bIBAIOIIUM HpOTHBOﬂeﬁCTBy—
IOIINE PETYISTOPHBIE MOJLYIH, SIBISIOTCS CHIENN(UIHBIE AT
¢imosmbr TD cemeiictBa DOF (Qian et al., 2022). C ognoit
CTOPOHBI, OHU MHJIYLUPYIOT KCIPECCHIO aKTUBATOPOB pas-
BUTHSA (DITOAMEIL, TaKUX Kak A PL, a Tak’Ke COOCTBEHHBIX T€HOB,
(hopMupyst ETITI0 TIOJIOXKUTENLHOM 00paTHOi cBsi3u. C apy-
roif croponsl, DOF MHAyIIUPYIOT SKCIPECCHIO CUTHAIBHBIX
nentunoB CLE25, CLE26 u CLE45, xoTopsle MUTPHPYIOT
B COCEJIHHE KIICTKH, I/I¢ 3allyCKaloT MHTHOMPYIOMMHA pe-
TYIATOPHBIA MOIydb (cM. puc. 7). BzaumoneicTBys ¢ pe-
nenropamu kimacca BARELY ANY MERISTEM (BAM) u
kopenentopamu CLAVATA3 INSENSITIVE RECEPTOR
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MoneKynapHble MexaH13Mbl JeTEPMUHALMMN KNETOK
cocyamcTol cuctembl KopHs Arabidopsis thaliana L.
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Puc. 7. TfeHeTnyecknin KOHTYp, perynupylowmin npeaetepMmHaLmio Ke-
TOK NPOTO- U MeTaKkcuneMbl U Grosmbl B KopHe A. thaliana.

PaspeneHvne JOMeHOB NPOTO- U MeTaKCUIeMbl ONpeAenaeTca KOHLUeHTpaLu-
OHHbIM rpagueHTom TO cemeiictea HD-ZIP lll. AKTUBUPYEMbI ayKCUHOM MO-
6vnbHbIN TO SHR gnddyHAMPYeT U3 Kcunembl B SHAOAEPMY, FAe, COeANHAACDH
c 6enkom SCR, akTuBmpyet akcnpeccuio miRNA165. MukpoPHK, koTopble pas-
pywatoT MPHK T® cemeiictea HD-ZIP Ill, 06pa3ytoT rpafiMeHT KOHLEHTpaLum
o HanpaB/ieHUIo K LieHTpy. B pesynbtate nokanusauua TO HD-ZIP Il orpaHu-
UMBAETCA LIEHTPaNbHOM 06NacTbio, NPeAETEPMUHUPYA KNETKM METaKCUNEMbI.
MpepetepmuHauma $nosmbl HAYMHAETCA C LIMTOKUHWH-AKTVBMPYEMOW SKC-
npeccun TO cemeiictea DOF. OHn uHayumpytoT curHanbHble CLE nentuppl,
KOTOpble MArPUPYIOT B COCEAiHME KNETKM, B3aUMOAENCTBYIOT C peLerntopamu
BAM v nHayumpytoT gerpagaumio DOF. Takum ob6pa3om co3paeTcs rpaHuua
mexay 6yayLen ¢prnosamoit n cocegHUMM Knetkamu. LTprxosas cTpenka o6o-
3HavaeT nepemeLleHne MOBUIbHbIX PEryIATOPOB.

KINASE (CIK), CLE nentuabl MHAyIHPYIOT Aerpaaanuio TO
cemeiictea DOF, mogasmnsst ¢hopMupoBaHUE SITEMEHTOB TIPO-
Tohrosmbl. AKTHBHOCTH perientopoB CLE nentnmnoB Moxer
JIOTIOJTHUTENIBHO PEryJIMPOBAaThCs, HAIPUMED PEryJsITOpaMu
MEMBRANE-ASSOCIATED KINASE REGULATOR 5
(MAKRS) (Kang, Hardtke, 2016) wiiu CORYNE (CRN) (Ha-
zak et al., 2017). TpanckpumioHHbie (akTopsl ceMeicTBa
DOF akTuBUPYIOT SKCHPECCHIO TEHOB, KOAMPYIOIINX MEM-
Opannsiii 6esok OPS, xotopsrit mogasisier BAM-CIK mo-
nynb (Qian et al., 2022). [IpaBuibHO MO3UITHOHUPOBAHHBIC
KIIETKU-TIPEIIECTBEHHUKN TTPOTO(IOIMBI MTPEOI0IEBAIOT
narnouropusiii 3¢pdpexr CLE mentunos O6maromapsi akky-
myisiina T® DOF, 00yciioBieHHOW (yHKIIMOHUPOBAHHEM
TOJIOKUTENIEHOW 0OpaTHON cBsizu. Takoi OGamaHCHPYIOIIHNA
MEXaHU3M MO3BOJISIET OCYIIECTBUTh PENATTEPHHUHT (IIOSMBI,
€CJIM pa3BHUTHE MPOTO(I03MEI ObLI0 HapyuieHo (Gujas et al.,
2020). OtmeTnM, 9TO pa3BUTHE MeTapiodMbl y A. thaliana,
BEPOSATHO, PEryaupyercss APYrMMH MEXaHH3MaMH M HE 3a-
BUCHT OT pazButus nporoduosmsl (Graeff, Hardtke, 2021).
B mpomiecce hopmupoBanus (oMbl CTBOIOBas KIETKa
(hI105MBI/IPOKAMOUST IENTUTCST AHTUKIMHAIIBHO, TTPOIYLIHPYSI
JIOYEPHIOI0 KJIETKY-IPEIIIECTBEHHUK MPOKAMOUSI U CHTO-
BUJHBIX 3JE€MEHTOB, KOTOPAsl ACTUTCS MEPUKIMHAIBHO C
00pa3zoBaHUEM KJICTKH ITPOKaMOMs U MPE/IIeCTBEHHNKA CH-
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TOBHUJIHBIX DJIEMEHTOB (103MbI. [locie/Hsis B pe3ysrare ere
OIIHOTO MEPUKINHAIBHOTO JICJICHNS JACT MPEANICCTBCHHUKI
nporouoamsl U MetaduosMsl (Rodriguez-Villalon, 2016).
KiteTku, nogo0HbIe KileTKaM-CIIy THHLIAM, TOXe (POPMHUPYIOTCSI
B PE3y/bTaTe aCHMMETPUYHOTO JENICHNUS, HO ITPOUCXOAAT OT
JIPYTOH CTBOJIOBOW KJIETKH. DTH ACHMMETPHYHbIE KJICTOUHBIC
JIEJICHNS] KOHTPOJIMPYIOTCS MTO3UIIMOHHBIM CUTHAJIOM — Tpa-
nuentoMm Oenka SHR, mMurpanust KoToporo B SHIOAEPMY
aktuBupyer MUKpoPHK miRNA165/166 u BbI3bIBacT acuM-
METPHUYHBIE JICJICHHS, TPOYLUPYIOIINE KIETKH, MOJ00HbIe
CIyTHHIIaM, Torja Kak mpoxasmkenne SHR Bo ¢rosmy He-
00XOIMMO TSl aCUMMETPHYHBIX JICJICHHUH, BEAYINX K 00pa-
30BaHMIO POTOKCHIeMbI 1 MeTakcuiiembl (Kim et al., 2020).

3aknioyeHune

Cocynucrast cucteMa KopHs A. thaliana 3axiaapiBacTCsl Ha
CaMBIX paHHHX cTagusx smOpuoreHesa. Ilpu sToM mpene-
TEepMUHALMS MPOBACKYJISAPHBIX WHHUIHANCH MOApasyMeBacT
Na0WITbHY0, HEYyCTOWYMBYIO ¥ 00paTUMYIO CrielU(pUKAIIHIO,
c(hopMHPOBAHHYIO HA OCHOBE (PH3MUECKOTO PACIIONOKEHHUS
KJICTOK B 3apO/IbIIIIE TT0J] BO3/ICHCTBUEM KOMIUIEKCHOH pery-
JISITOPHOM CETH TPaHCKPUIIIMOHHBIX (hakTopoB. MHTEpecHo,
YTO M MapKepbl keuineMsl (Hanpumep, TMOS, T5L1), u map-
kepbI (rroamel (Hanpumep, PEAR1, TMO6, DOF6) coBmecTHO
JKCIIPECCUPYIOTCS B IPOBACKYJIAPHBIX HHULUAJIAX B PAaHHEM
sMOpHOreHese, HO Jajiee B IPOBACKYIIPHOH MepHcTeMe U B
IIPOPOCTKE B TIPOLIECCE PA3BUTHS COCYIMCTON CUCTEMBI pas-
JACIIAI0OTCA 110 pa3HbIM IMPOCTPAHCTBCHHBIM JOMCHAM.

Pa3metka cocynucToii cuctemsl y A. thaliana 3axan4nBa-
eTcs K MOMEHTY CO3PEBaHUS 3apojbliia. YacTHIHO TeHHas
CeTb, KOHTPOJIMPYIOLIAsl ATOT NPOLIECC B SMOpPHOTeHe3e, Ipo-
JIOJDKAeT MOACPKUBATE CTPYKTYPY COCYIUCTOH CHCTEMBI pa-
CTYILIETO KOPHSI B TPOPOCTKE U 1ajiee B OHTOT€HE3€ PACTCHUSL.
DTH MEXaHU3MBI ACCOLIMUPOBAHLI C JIOKaJIbHbIM HAKOIIJICHUEM
MOJICKY/ISIPHBIX MApKEPOB, YCTOHYMBO SKCIIPECCHPYIOLINXCS
B KJIETKaX-MPEALIECTBEHHUKAX OTPE/IeICHHOro THIa. Tem He
MeHee (akTopel, paboraroiue u B SMOproreHese, u B IocCT-
SMOPHOHAILHOM Pa3BUTHH, MOTYT IEHCTBOBATh HA JAHHBIX
JTarnax 1mo-pasHomy.

HecMoTpst Ha cyliecTBEHHBIN NIPOrpecc B IOHUMAHUU
MOJIEKYJIIPHO-TEeHETHYECKIX MEXaHU3MOB PETYIISIINY Pa3BU-
THSI COCYAUCTOI CHCTEMBI, JOCTUTHYTHIH B IIOCIICIHEE BPEMS,
0CTaeTCsi MHOTO BOIIPOCOB, B YACTHOCTH B CBSI3H C CYIIIECTBO-
BaHUEM ITapaJUIENbHbIX ITyTeH Peryisyuy U HeTelb IpIMOH
CBSI3U. DTO SIBIISIETCSl XOPOIIEH OCHOBOW JUISi MMOCTPOCHUS
MareMaTH4eCKuX MOJeJIel, aHaJIu3 KOTOPBIX TOMOXET Ipo-
JMTH CBET Ha B3aMMOOTHOIICHHS MEXIY Pa3IHIHBIMH pery-
JSTOPHBIMHU KOHTYPAaMH M UX (PyHKIIMOHATIBHYIO 3HAYUMOCTb.
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BnarogapHocTu. PaboTa BbinonHeHa nNpu nogaepxke 6togxetHoro npoekta FWNR-2022-0020. MMKpOCKONMYECKU aHanmn3 oCyLecTBIEH B pamMKax
npoekTa, NofAep*aHHOro Poccninckm HayuHbiM GoHAoM, rpaHT N2 20-14-00140. ABTopbl 61aroaapHb! LieHTpY KONNeKTMBHOrO NoNb30BaHMA MUKPOCKO-
nuyeckoro aHanmsa 6ronorunyeckrx o6bekto CO PAH (http://www.bionet.nsc.ru/microscopy/) 3a npepaocTaBieHHOe 060pyAoBaHVEe. ABTOPbI BblpaxatoT
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