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CucTeMHO-OMoOJIornueckmii aHanams reHa WOX5
11 ero QVHKIIMI B HUIIIEe CTBOJIOBBIX KJIETOK KOPHSI
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len WUSCHEL RELATED HOMEOBOX 5 (WOX5) kopupyeT TpaHCKpunuu-
OHHbI HaKTOP, KOTOPLIN ABAAETCA OOHUM U3 OCHOBHbIX PEryNATOPOB
NoAAepPKaHNA CTPYKTYPbl U GYHKLMOHUPOBAHUA HALLIN CTBOSTOBbIX
KNeToK B KOHUMKe KOpHA pacTeHuin. benok WOX5 skcnpeccumpyetca

B KNeTKax NOKOALLEerocs LieHTpa anukaibHOM MepUCcTeMbl KOPHS,
npegoTepallas anddepeHUNPOBKY NpueraLwmx K HEMy HMLMA-
new Konymensbl 1 yyactsya Hapagy ¢ SCR, SHR, PLT1, PLT2 B koHTpone
anddepeHUNpPOoBKM APYrX MHMLMANEeNn mepuctembl KOpHaA. OgHako
feTany MexaHn3moB GyHKLMOHMPOBaHNA 3TOro 6enKa HeACHbI.
WOXS5 otHOCuTCs K cemenctay WUSCHEL related homeobox (WOX),
poAOHaYanbHMK KOTOPOro, TPAHCKPUMNUMOHHbIN dpakTop WUSCHEL
(WUS), obecneumBaeT nogaepxaHvie HALWY CTBOSTOBbIX KIETOK

B Mepucteme nobera. Cuntaetcs, uto reH WOX5 pusepruposan

oT obuero ¢ WUS npefika y ApPEBHUX MOKPLITOCEMEHHDIX, B Pe3ysib-
TaTe Yyero NpowsoLuna cneuyan3aumsa HILW CTBOJSTOBbIX KIIETOK
nob6era n kopHa. OfHaKo BOMPOC AasibHelLEeN AUBEepPreHUnn
CTPYKTYpbl 1 dyHKLMin WOXS5 B npoLiecce 3BONIOLMUN LIBETKOBbIX
pacTeHwuii n3yyeH cnabo. B gaHHOM 0630pe npefcTaBieH CUCTEMHO-
6uonornyecknin aHanuns reHa WOX5 ¢ Lenbio BbiABNEHNA 0COOEHHO-
CTell €ro 3BOJIIOLMN N MEXaHU3MOB GYHKLMOHMPOBaHMA. [Ins 3Toro

B paboTe npoBefeH GpunoreHeTMYECKNA aHann3 62 aMMHOKUCIIOTHbIX
nocnegosatenbHocTen WOX5 13 ny6nmMyHoO JOCTYMHbIX 6a3 AaHHbIX,
0606LeHbl NUTepaTypHble AaHHble 0 AoMeHe dKcnpeccun WOX5

y apabugoncuca v 4pyrux BUaoB 1 ero GyHKLUMAX B OHTOreHe3e,
npviBefieHbl pe3ynbTaTbl SKCNEPYMEHTOB MO BbIABEHUIO NEPBUYHbIX
1 BTOPUYHBIX MALLEHEN 3TOFO TPAHCKPUMUMOHHOTO GaKTopa, a Takxe
06cyaeHbl JaHHbIe O BO3MOXHbIX MeXaHU3Max NPAMON 1 HenpAMOW
perynaumm skcnpeccun WOXS5. B yacTHOCTY, Gbil NpoBeeH aHanms
NPOMOTOpPHbIX 0bnacTei reHa WOX5 y 30 BaoB pacteHuii 1 6binu
BbICKa3aHbl rMNoTe3bl O BO3MOXHbIX MPAMbIX PerynaTopax akcnpec-
cum WOX5 Ha oCHOBaHUM Hannumsa COOTBETCTBYIOLMX NOTEHLMab-
HbIX CAlTOB CBA3bIBAHMSA B KOHCEPBATUBHbIX 06/1aCTAX MPOMOTOPOB
reHa WOX5.

KntoueBble cnoBa: pa3BuTNE KOPHA pacTeHNA; anvKanbHaa mepuctema
KOPHS; CTBOJIOBbIE KNETKM PacTeHUI; TPAHCKPUMLUMOHHBIN dpakTop
WOX5; cuctematnyeckuin o63op.
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WUSCHEL RELATED HOMEOBOX 5 (WOX5) gene en-
codes the transcription factor, which is one of the key
regulators, maintaining structure and functioning of
the stem cell niche in plant root tips. Protein WOXS5 is
expressed in the quiescent center of the root apical
meristem, preventing differentiation of columella
initials and altogether with SCR, SHR, PLT1 and PLT2
participating in the control of differentiation of
other root meristem initials. However, the details

of WOX5 functioning are unclear. The WOXS5 protein
belongs to WUSCHEL related homeobox (WOX)
family, the founder of which is the transcription
factor WUSCHEL (WUS) providing maintenance

of the stem cell niche in the shoot apical meristem.
WOX5 and WUS diverged from a common ancestor
at the base of angiosperms, which resulted in a spe-
cialization of shoot and root stem cell niches. How-
ever, the problem of WOXS5 structural and functional
divergence during angiosperm evolution was poorly
addressed. In this review we present a systems bio-
logy analysis of the WOX5 gene to reveal specific
features of its evolution and functioning. To this end,
we performed a phylogenetic analysis on 62 publicly
available WOX5 amino acid sequences, generalized
published data about WOX5 expression domain

in Arabidopsis and other species and its role in
development, integrated the results of experiments
on identification of primary and secondary targets
for this transcription factor. Data on possible mecha-
nisms of direct and indirect regulation of WOX5
expression were discussed. Particularly, we per-
formed the analysis of WOX5 promoter regions from
30 species. Possible direct regulators of the WOX5 gene
expression were proposed based on the presence
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of putative binding sites for the candidate transcription
factors in conserved WOX5 promoter regions.

Key words: root development; root apical meristem;
plant stem cells; WOXS5 transcription factor; systematic
review.
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€IPEPBIBHBIN POCT PACTEHUSl Ha MPOTSKEHUU BCEM

YKHU3HH 00y CIIOBJICH ITOCTOSTHHBIM ()yHKIIMOHHPOBAHUEM

CTBOJIOBBIX KJIETOK B allMKaJbHBIX MepucteMax (AM)
moOera u xkopHs. Kak nmpasmio, crBonoBbie kieTku AM (Ha-
3bIBaCMble MHUIUAISIMH) MIPETEPIIEBAIOT ACUMMETPUIHOE
JieJIeHNe, IPU KOTOPOM OJHA U3 JOUEPHUX KJIETOK OCTaeTcs
CTBOJIOBOM, a Apyras JaeT Hadajo CIEeNNaTU3UPOBAHHBIM
KJIETKaM Toro win uHoro tuma (Boyer, Simon, 2015). bananc
BHYTPEHHHX (DaKTOPOB, KOHTPOJIUPYIOUINX ACHMMETPHYHOE
JICNICHUE CTBOJIOBBIX KJIETOK, OOECIIEUNBAET IMOJIEPKAHNE
HumyM cTBoJoBbIX KiIeTok (HCK) — ymopsimouennoii ana-
TOMHYECKOH CTPYKTYpbI, HEOOXOAMMOM JUIsl IIPaBUIILHOTO
anmkanpHOTO pocTa (Aichinger et al., 2012). B ee ocHoBe —
opranusytomuii nearp (OL]), HermocpeacTBEHHO KOHTAaKTHPY-
IO co cTBOJOBBIMHU KileTkamu. Kitetku OL] (B xopHE OoH
Ha3bIBAaETCs MOKoAIIMMes eHTpoM, [11[) xapakTepusyrorcs
HU3KOM MUTOTHYECKOH aKTHMBHOCTBIO M UTPAIOT KIIIOUEBYIO
pPOJIb B TMOAJEPKAHUN MHIUBUAYAIbHBIX XapaKTEPHUCTUK
KOHTAKTHUPYIOIINX C HUM CTBOJOBBIX KJIIETOK, IOJABIISS MX
mddepentmpoBky (van den Berg et al., 1997; Scheres, 2007).

KittoueBbIMU peryisiTopaMy HOJICPKAHUS CTPYKTYPbI
n pynkunonuposanust HCK anukanpHBIX MEpUCTEM SIBIIS-
I0TCSI TpaHCKpHIIIMOHHBIE (hakTopsl (TD), Harmpumep, I
HCK xopust sto PLETHORA1, PLETHORA2 (PLT1/2),
SCARECROW (SCR), SHORT-ROOT (SHR) u npyrue,
a TakXke (UTOTOPMOHBI, TAKWE KAaK ayKCHH W HUTOKWHUH
(Sablowski, 2011; Aichinger et al., 2012; Clark et al., 2014).
CymiecTBeHHBIN BKJIJ B 3TOT Iporiecc BHOCAT Maisie PHK u
curHanbHble nentuasl (CLEp). Bee BMecte onn hopMupyior
CIIO’KHYIO CeTh B3aMMOJICHCTBUI, CHOCOOHYIO BOCTIPHHUMATh
U TIepeiaBaTh Pa3IndHble PETYISTOpHbIE curHanbl (Bennett
etal., 2014).

B nonneprkxanun HUIIY CTBOJIOBBIX KI€TOK AM KOpHS Bak-
Hy1o pons urpaet T® WOXS5 cemeiictea WUSCHEL related
homeobox (WOX), npencraBuTenan KOTOPOTO CHEnUpHIHbBI
JUIS. PAaCTEHHH M PEryJIUPYIOT Pa3jMyHbIC dTalbl UX Pa3BH-
tus (van der Graaff et al., 2009). V Arabidopsis thaliana L.
cemeiicteo WOX mpezncraBineHo 15 TpaHCKpUNIIMOHHBIMU
(hakropamu. Pononavanpauk cemeiictsa, 6eiiok WUSCHEL
(WUS), yuactsyer B monaepxxannn HCK B AM mobera,
KOHTPOJIMPYSI COXpaHEHHUE IUTFOPUITOTEHTHOCTH CTBOJIOBBIX
kierok (Laux et al., 1996; Mayer et al., 1998), perymupyer
UX KOJIMYECTBO M MAaTTEPH KJIETOYHBIX JEJICHUH, a TAKXKE Mep-
BBIE 3Tarbl TUGPEPSHIMPOBKN UX KIETOK-TIOTOMKOB (Yadav
et al., 2010). OcranbHbIe TIPEACTABUTEIN CEMEHUCTBA (B TOM
gucine 1 WOXS5) Obutr BBISIBJICHBI HA OCHOBAaHUHM CXOJICTBA
MEPBUYHOIN CTPYKTYPbI KOAUPYIOMIUX UX TE€HOB C MOCIE0-
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BaTeNBHOCTHIO TeHa WUS, Omaromapst HATMYWIO KOHCEPBA-
THUBHOTO TOMEO/IOMEHA C XapaKTepHOH cTpyKTypoi (Mayer et
al., 1998; Haecker et al., 2004). ¥ 6enxoB WUS u WOX1-7
MUMEETCs TaKXKe JOTONHUTENIBHBI KOHCEPBAaTUBHBIH MOTHB
(Tax Ha3pBaeMbrid WUS-00KC) JITHHOM B BOCEMb aMHHOKHC-
noTHbIx octatkoB (koHcencyc TLPLFPMH) (Haecker et al.,
2004; Gao et al., 2014). XapaxTepHO! 4epTOH OPTOIOTOB
WOXS, no3Bosstoniel omuyarb X OT IPyrux NpeacTaBy-
teneit cemerictBa WOX, siBnsiercst Hannuue Tpunentuaa ESK
(TIIOTaMIHOBASI KMCIIOTA, CEPHH, JTM3MH) B TOMEOJJOMEHE Ha
N-xonne JJHK-pacno3natomie cnupany, KOTOPbIA y OCTallb-
HBIX OEJIKOB CEMENCTBa MPE/ICTAaBICH C 3aMEHOM ceprHa Ha
mmunyH, T.e. TpunentuaoM EGK (Nardmann, Werr, 2012)
(don. marepuanst 11). Cuuraercs, uro reust WUS u WOXS5
MUMEIOT MOHO(DMIIETHYECKOE IIPOUCXOXKIICHNE, U UX (PYHKIIO-
HaJIbHOE Pa3/IeIeHNE Ha9an0Ch Y IPEBHNUX ITOKPHITOCEMEHHBIX
(Nardmann et al., 2009). OxgHako 0 IaTbHEHIIICH YBONIOIUN
WOX35 y n1BeTKOBBIX pacTEHHH H3BECTHO HEMHOTOE.

VY A. thaliana ren WOX5 sxcripeccupyeTcs B KJIETKax I1o-
kostmerocst neHTpa AM kopust (Haecker et al., 2004) ([om.
matepuansl 2). Cnenudpuueckas sxcupeccus WOXS5 Bo
MHOT'OM Ompenesser opranusyomue coiictsa I111. B wacr-
HOCTH, OBIIIO TTOKA3aHO, YTO MYTALMH, IPHUBOJIAIINE K TOTEpE
¢dynkun WOXS y A. thaliana, BHI3BIBAIOT TEPMUHAIIBHYIO
(G GepeHITMPOBKY CTBOJIOBBIX KIETOK Komymelutel (Sarkar
et al., 2007). Cepxakcnpeccuss WOX5, HanpoTuB, OIOKHPY-
eT HOPMaJIbHYIO TU(GPEPEHIIUPOBKY TOTOMKOB CTBOJIOBBIX
KJIETOK, YTO TPHBOUT K MOSBICHUIO HOBOTO MyJla KIJIETOK,
MOAOOHBIX CTBOJIOBBIM. BakHyI0 pOJIb B 3TOH peryisnuu
UTpaeT MEXKJIeTOuHast MOOMIBHOCTH Oeka WOXS, koTopblit
murpupyer u3 kietok 111 B mpuierarommue k HEeMy CTBOJIOBBIE
kietku (Pi et al., 2015).

Ienp Hamie#t paboThl — BBISIBIICHUE 0COOCHHOCTEH BOJIHO-
un reHa WOXS5 1 MmexaHn3MOB ero ()yHKIIMOHWPOBAaHUS Ha
OCHOBAaHUM aHAJIN3a JAHHBIX, OMyOIMKOBAHHBIX B CTAThAX
WJIN NIPE/ICTAaBICHHBIX B MH()OPMAI[MOHHBIX pecypcax 1o Hy-
KJICOTHIHBIM 1 OEJIKOBBIM TOCIIEIOBATENBHOCTAM. OTicanne
HnaTTepHa M PEryIsLIuu dKcnpeccun rena WOXS5, ero mpouc-
XOXKJICHUS, & TAKIKE BO3MOXKHBIX MEXaHU3MOB €ro (pyHKIIHO-
HHUPOBAHUS TOIY4YEHO C TOMOMIBIO HHTETPAIIY HH(OPMAIINT
W3 BCEX aHDIIOSI3BIYHBIX ITyONHKaIuii 6a3el JaHHBIX PubMed,
Kacaromuxcsi rena WOXS5 u ero GenkoBoro nponykra. Jlis
(PMIIOTEHETHIECKOTO aHAIN3a AaMHHOKHCIIOTHBIX TTOCIIE/I0Ba-
TesnpHOCTEN opronoroB WOXS Obin BEIOpaHBI BCE TTOCIIEN0-
BaTeJIbHOCTH U3 0a3 naHHbIX Protein database (www.ncbi.nlm.

T NlononHuTensHbie MaTepuansi cv. 8 Mpunoxernn 1 no agpecy: http://www.
bionet.nsc.ru/vogis/download/pict-2016-20-4/appx2.pdf
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nih.gov/protein/) u UniProt (http://www.uniprot.org/uniprot/),
agHOTHpOBaHHBIe Kak WOXS5 mmn WOXS5-like n comepxarniue
cnerudraeckuit a1 WOXS tpunentun ESK B romeomgome-
He (cMm. Jlon. marepuainsl 1). Vckirouenue ObLIO cueiaHo
JUTA TIoCIieioBaTenbHoCTel U3 Picea abies u Pinus pinaster,
comepykammx B romeonomeHe tpunentun EGK, mcxons u3
MPEAIONIOKEHUs 0 JyruinKanuy npooproiaora WUS/WOXS
y ronocemenHbIX (Hedman et al., 2013). [TocnenoBarens-
HOCTb runorernyeckoro oeinxa WOXS-1 mnayna (Selaginella
moellendorffii) BeicTynana B kadecTBe BHELIHEH rpymibl. [is
aHaM3a MPOMOTOPHBIX oOyacTei opromoroB WOX5 Obutn
WCIOJIB30BaHKI BCE JOCTYIHBIC B Oaze maHHBIX GeneBank
HYKJICOTHJIHBIC MOCIICIOBATEIILHOCTU 5'-PEry/ISITOPHBIX 00-
nmacteit reHoB WOX5. AHanu3 HyKJICOTHAHBIX 1 aMHHOKHC-
JIOTHBIX TOCTIEIOBATEIIFHOCTEH OCYIIECTBIBIIN C IOMOIIBIO
JIOCTYIHBIX OMOMH(OPMATHIECKUX HHCTPYMEHTOB.

OunoreHna WOX5

B ¢unorenernueckom nepese 6enkoB cemeiicta WOX Mok-
HO BBIICTIUTH TPU OCHOBHBIE KJaabl: coBpeMeHHyI0 (WUS),
npomexytounyto (WOX9/11) u npesuroro (WOX10/13) (van
der Graaff et al., 2009). Cuuraercs, 4To COBpeMeHHasl Kjia/jia
crienu(puIHa U1 CEMEHHBIX PACTeHUH, TPOMEKYTOUHas CO-
JICP>KUT MOCIIEJOBATEIIbHOCTH, IMBEPTUPOBABIIINE Y TIPEIKOB
COCYAMCTBIX paCTEHH, a IPEBHSS BKIIIOUAET [OCIIeI0BaTENb-
HOCTHU C BBICOKOI TOMOJIOTHEN C T€HAMHU M3 3€JIEHBIX BOJO-
pocneii u mxa (Nardmann et al., 2009; Lian et al., 2014). [To-
cnegoBarerabHoCcTH WUS 1 WOXS 0THOCAT K COBpeMEHHON
KJ1a/ie, NX OPTOJIOTH OOHAPY>KUBAIOTCS Y IIBETKOBBIX PACTCHUH
n npencrasureneii roinocemennsix (Hedman et al., 2013),
OJIHAKO TUIIOTETHYECKHE NpeiKoBbie (opMbl WUS BBISBILS-
IOTCS TaKOKe Y HEKOTOPHIX manmopoTHukoB (Nardmann, Werr,
2012). Tem He MeHee TIPOUCXOXK/ICHUE M IPOCTPAHCTBEHHOE
pasznenenue ¢pynkuuit WUS u WOXS B nipoiiecce 3BOJOIHMA
HYKJAI0TCsI B JaJbHEHIIIEM HCCIIE0BAHUM.

Panee npeanonaranocek, uto reast WUS u WOX5 cyuiectBo-
BaJIM y TOJIOCEMEHHBIX B BUJIE €INHOTO MPE/IIECTBEHHNKA,
a B JJAJIbHEHIIIEM Y MOKPBITOCEMEHHBIX NPOU3OIIIN €T0 Iy-
ruKarys 1 pasaenenne 6enxoB WUS u WOXS o dyskumsm
(Nardmann et al., 2009). OngHako HeITaBHO TOMOJIOTH 000X
TEHOB OBLIN OOHAPYKEHBI Y HPEICTABUTENSI TOJIOCEMEHHBIX
Picea abies (Hedman et al., 2013), 9T0 CBHIETEIBCTBYET
0 OoJiee paHHEM, YeM IPEJII0IIarajoch, IPOUCXOXKICHUH I'eHa
WOXS5. Bo3amoxkHO, hyHKIIMOHAIbHAS TUBEPTCHINS TCHOB
WUS n WOX5 cBOICTBEHHAa HMEHHO MOKPBITOCEMEHHBIM,
NnocKoNbKy y P abies WOXS5 skcnipeccupyercst B KOHUMKAX
Kak KOpHEH, TaK 1 TI0OETOB.

B renomax HEKOTOPBIX MOAUIIOUAHBIX BUJIOB TeH WOX5
MpEJICTaBIeH HECKOJbKUMH NapajoramMu. Tak, B TeHOME
TeKCAIUIONIHOM MIIEeHUb! Triticum aestivum NPUCYTCTBYIOT
Tpu romosnorndnele konun WOXS5 — TaWOX5a, TaWOX5b
u TaWOX5¢ — ¢ nnmuaamu 639, 630 1 633 H. 1. COOTBETCTBEH-
HO (Zhao et al., 2014). IlaTTepHBI SKCIPECCUH TTaPaIOTOB,
a TaK)ke aMUHOKHCIIOTHBIC MOCIIEIOBATEIBHOCTH UX MPO-
JIYKTOB ITPAaKTHYECKU HJCHTUYHBI, YTO, BEPOSITHO, CBU/ICTEIIb-
CTBYET O (DYHKIIOHAJIbHON SKBUBAJIEHTHOCTH 3THUX OEIIKOB.
B renome kykypy3ssl (Zea mays), IpeBHETO CErMEHTHOTO
ammorerparionaa (Gaut, Doebley, 1997), nsa napasora —
ZmWOX54A u ZmWOX5B — HanpoTHB, NEeMOHCTPHUPYIOT
aNbTepHaTHBHBIC NaTTepHbl dkcnpeccnn (Nardmann et al.,
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2007). Tak, ZmWOXS5B skcupeccupyetcs B [11] u Ommkaii-
MIX K HEMY HHUIHMAIAX KJIETOK COCYHCTON CHCTEMBI, TOTIa
kak ZmWOX5A sxcnpeccupyeTcsl B paHHEM JHJOCHEpMeE
U B 3apofblIeBoM Kopelike B 4—6-m ciosx mox I1L] mocne
MHHIUAINN B 3aPOJbIIIE IPUMOPIHS MepBoro jrcTa. Mexoms
13 0COOEHHOCTEH DKCIPECCHH, MOYKHO ITPEATIONOKHUTD, YTO
ZmWOXS5B sBnsiercst 6oiiee OIM3KUM MapaioroM KaHOHHYe-
ckux WOX5 npyrux BunoB, a ZmWOX5A npruoOpen HeKyIo
HoByI0 (yHKIUI0. OOpa3oBanue Z. mays Kak ajjaoTeTpa-
ioua npousonuio 6onee 11 mun et Hazaz (Haider, 2013),
Y 3TOTO MEPHO/Ia BpEMEHH 0Ka3aJ0Ch JOCTATOYHO ISl TOTO,
4yToOBI TMapanoru ZmWOX5A n ZmWOX5B nuBeprupoBaiu
B (DyHKIIMOHAJILHOM IUIAHE.

JuBeprenmus mocuenosarensHocTeir WOXS5 mpoucxomuna,
Cylsl TIO BCEMY, Ha PaHHHUX 3Tarax SBOJIOIHMH IBETKOBBIX
pacteHuil. OUIOreHETUYECKUN aHAIU3 HYKICOTUAHBIX I10-
cieoBaTeNbHOCTEH OpTOIOroB WOX5 U3 BOCBMH pa3HBIX
BUJIOB (apabuoIICHC, MIIEHUI, KyKypy3a, PUc, cosl, BUHO-
rpaji, ropoueKk 1 HuMdes) IO3BOJIMII CAETIaTh BBIBOJ O TOM,
4yTO TeHbl WOX5 ONHOMONBHBIX W IBYHOJIHHBIX PACTEHUN
CYIIECTBEHHO OTIMYAIOTCS: OONBIION pailoH HyKJICOTHIHOH
MOCJIEIOBATENLHOCTH MKy ToMeoomeHoM 1 WUS-00kcoMm,
CBOMCTBEHHBIH OIHOJOJIBHBIM, y JIBYJOJBHBIX OTCYTCTBYET
(Zhao et al., 2014). DTo MO3BOMWIO BBICKA3aTh MPEIIIO-
Jo)KeHUe, 4To TeHbl WOX5 nuBeprupoBail BMECTE C pas-
JIEICHUEM TIOKPBITOCEMEHHBIX PACTEHUH Ha OIHOAOJIbHBIC
W IBYZ0JIbHBIE. BO3MOXHO, UTO TaHHAS TUBEPTEHINS UMEET
OTHOIIEHHUE K Pa3HHIIE B CTPOCHUH KOPHEBOM CUCTEMBI y 3THX
TAKCOHOMUYECKUX KJIACCOB M CBSI3aHHBIM C 3TUM Pa3IndnsIM
B ¢ynkunonuposannn WOXS.

Mpe1 noarBepamin auBepreHiio WOXS y omHOI0TBHBIX
W IBYIONIFHBIX, BBIBIECHHYIO paHee (Zhao et al., 2014) Ha
Oosee pacIIMPEeHHOM CIIUCKe 62 aMHMHOKHCIIOTHBIX ITOCTIE0-
BarenbHOcTel Oenka WOXS 58 Bumos pacrenutii (puc. 1; Jlor.
marepuaisl 3). Hapsiay ¢ 3TuM Mbl BBIIBIIIM 3HAYUMBbIE PA3IIH-
YHS MEXK/Ly aMHHOKHCIIOTHBIMH TOCIIEI0BATEIILHOCTSIMH OeI-
ka WOXS y roloCeMeHHBIX 1 TOKPBITOCEMEHHbIX PACTCHHH.
TakuMm pazzieseHIeM Ha TOJIOCEMEHHBIE M TOKPHITOCEMEHHBIE
1 TTOCTIEZIHUX Ha O/IHO/IOJIbHBIE 1 IBY/IOJIbHBIE (DHIIOTCHEeTHYe-
CKO€ JIePEBO aMUHOKHCIIOTHBIX IIOCIIEI0BATENIbHOCTEN OSITKOB
WOXS B menom oTpaskaeT BONIOIHIO TAKCOHOB PaCTEHUI.
HUckmtouenneM siBnsiercs pacnonoxenre WOXS HEKOTOPBIX
BUJIOB, HE COOTBETCTBYIOIIIEE IBOJIOIMOHHOMY MOPAIKY HX
TAKCOHOB, YTO MOXET CBHJETEIBCTBOBATH O CIEIM(PUIHON
CTPYKTYyp€ MEPUCTEMBI UX KOPHSI.

ba3zanpHBIE TOKPBITOCEMEHHBIE aMOOpesIa BOJIOCHCTO-
HOXKOBast (Amborella trichopoda) n xyBmmHKa (Nymphaea
Jjamesoniana) Ha 1epeBe PacloIOKIIINCh BBIIIE pa3IeleHNs
OJIHOJIOJIBHBIX M JIBYAOJIBHBIX, TPU 3TOM HE 00pasys eluHOi
knazael. Takoe cTpoeHHe (UIOTEHETHYECKOTO JIepeBa Io-
BTOPSIET PE3YJIBTAThl PAHEE MPOBEICHHBIX TAKCOHOMUYECKHIX
UCCJICI0OBAHUI TPYIITbI 0a3aJIbHBIX MOKPHITOCEMEHHBIX, OC-
HOBaHHBIX HAa aHAJIN3€ HECKOJIbKUX T€HOB U3 AJCPHBIX, ILIa-
CTHIHBIX 1 MUTOXOHIpHAJIbHBIX TeHOMOB (Qiu et al., 2005).

Awup OonotHbll (Acorus calamus) MpUHAUIEKUT K Oa-
3aJIbHBIM OHOAONIBHEIM (Duvall, 1993). Ha sBomonroHHOM
nepese WOXS, nocTpoeHHOM HaMHU, 3TOT BUJI JIOKAJIU3YeTCs
YyTh BBIIIE 0a3aIbHBIX MMOKPBITOCEMEHHBIX, 10 Pa3AeiIeHUs
OIHOZOJBHBIX U ABY/IONBHBIX, YTO COOTBETCTBYET €T0 BOITIO-
IIMOHHOI nctopun. Kak u 6a3abHbIe HOKPBITOCEMEHHBIE, aup
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Fig. 1. The phylogenetic tree of WOXS5 proteins.

The tree was constructed by the maximum likelihood method in MEGA7 software (1000 bootstrap
iterations). The sequences were aligned in ClustalW (Kumar et al., 2016). The length of each branch corre-
sponds to the number of substitutions in the sequence. A total of 62 amino acid sequences from 58 plant
species were analyzed (see Supplement 3). Positions at which the amino acid sequences had gaps in the
alignment were disregarded in building the tree. Clades shown in bold have bootstrap 50 or more. The
hypothetical Selaginella moellendorffii WOX5-1 protein sequence was used as an outgroup.
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BCE €IIle COBMEIIAcT B CBOeH MOp(hoiIo-
MM 1 aHATOMUH MPU3HAKH 000HX KJIac-
coB. B anukanbHON MepuctemMe KOpHs
aupa cJoH smuaepMIca oopasyeTcs u3
nepu)epUIECKUX KJICTOK KOPTEKCa, YTO
XapaKTepHO ISl OHONONBHEBIX, B TO
BpeMsl Kak 00pa3oBaHUe MMPHUIATOYHBII
KOpHEH y 3TOTO BHAA CXOIHO C TaKO-
BEIM y 0a3aJIbHBIX TIOKPHITOCEMEHHBIX.
U3 3toro cienyer, 4To MO CTPOCHHIO
KOpPHSI aup ¥ KyBIIMHKa OJIMKE IPYT
K JIPYTY, 9eM K JPYTHM OTHOAOIBEHBIM U
JIBYIIOJIBHBIM COOTBETCTBEHHO (Soukup
et al., 2005). 3BectHO, uTo WOXS siB-
JISIETCSI OHUM W3 KITFOYEBBIX (PaKTOPOB,
ONPEMICISIONINX PAa3BUTHE CTPOCHHUS
KOPHSI, U 3TO MOXET OOBSCHITH MOJY-
YeHHOe HaMHu pacrionoxenne AcWOXS5
Ha (IJIOTCHETHYCCKOM JICPEBE.

benku WOXS omnHONONBHBIX, MPE-
CTaBIICHHBIX BHJaMH W3 CeMeiicTBa
3JIAKOBBIX, 00BEAUHILTICE B OIHY KIIATy.
Kak ymoMuHajaoCh BBIIIE, B TCHOME
KyKypYy3bl (Z. mays) eCTh JBa Imapaiora
WOX5: WOX54 u WOX5B (Nardmann
etal.,2007). B xiane cemericTpa 31aKko-
BBIX aMHHOKHCIIOTHBIX 3aMEH OOJbIIe
Bcero HakoruieHO B Oenke WOXSA
KyKypy3bl. 1o XxapakTepy sKCIpeccuu
u pyukmsm WOXSB 6mmke k WOXS
Ipyrux BujaoB, ueM Kk WOXSA, yto
U OTpakaeT Pe3yNbTaT MOCTPOCHHUS
¢unorenernueckoro gaepera. WOX5
eIlle OJJHOTO OJHOIOJBHOTO PacTCHUS,
B3MOPHHKA MOPCKOTO (Zostera marina),
HEOKHUIAHHO PACIOJIOKHUICS B KIIane
IBYNOIBHBIX. ClleyeT OTMETHTb, YTO
B3MOPHUK pacTeT B MOPCKOW BOJE
(Olsen et al., 2016), m BO3MOXHO,
ajanTanus K TaKUM CIHCIH(PHICCKIM
YCIIOBHSIM OOWTaHHS MPHUBETIa K BO3-
HUKHOBEHHIO OTIINYHI B CTPYKTYpe KOp-
Hs 1 pyHKImsax WOXS storo pacteHust.
OtMmeruM, uTo WOXS5 B3MOpHHKaA
MOPCKOTO Ha JIepeBe HAXOAUTCS OITH3KO
¢ nociiegoBaresibHOCTEI0 WOXS toto-
ca opexoHocHoro (Nelumbo nucifera),
KOTOPBIA TOXE SBISIETCS BOJHBIM (HO
B 3TOM CIIy4ac IPECHOBOIHBIM) pacTe-
HueM. MI3BeCTHO, YTO BOTHBIC TOKPHITO-
CEMCHHBIC JINTIICHBI KOPHEBOTO YEXJINKA
(ITorutasckas, 1971; Kita, Kato, 2005).
Ora cnenn@uka B pa3BUTHH KOPHS MO-
KeT OBITh CBs3aHA C 0COOCHHOCTIMHU
¢yskmonuposanust WOXS u orpa-
JKaThCS Ha €r0 CTPYKTYpE.

B Gonpmioit kiage AByTONBHBIX BbI-
JIeIeTCsI CyOKIIaa ceMeHCcTBa KPecTo-
LBETHBIX, 00benuHuBIIas Arabidopsis
thaliana, A. lyrata, Brassica napus,
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B. oleracea, B. rapa, Camelina sativa, Raphanus sativus.
Psmom ¢ Gemkamu ceMelicTBa KPECTOIIBETHBIX HAXOIUTCS
Tarenaya hassleriana n3 cemeiicTBa KI€OMOBBIX, KOTOPOE
MPUHAUISKUT nopsiiky Brassicales, Bkirodaromemy Takxke
ceMeicTBO KpecTouBeTHHIX (Brassicaceae), 9To u 00bsCHIET
6mmzocte ThWOXS 1 WOXS kpecTolBeTHBIX Ha (prstorene-
THYECKOM JIEpEBE.

MOoXHO 3aMeTHTh, 9TO 0000BBIE HE 00pa30BaIH €AUHON
KJIaJbl Ha JIEPEBE, a PACHONIOKHIINCH B PA3HBIX €T0O YaCTSIX.
I[Tpu 5Tom Genxkrt WOXS u3 1ByX TeHOMOB COM, TIMKOPACTYIIIEH
(Glycine soja) n oxynsTypennoit (Glycine max), okazaiuch
B pa3HbIX Kiagax. Bo3MoXHas MpUYHMHA TaKOTO CTPOCHUS
B TOM, YTO F€HOMBI JJAHHBIX PACTEHUH UMEIOT 3HAYUTEIIbHBIC
OTJINYHSL, BRI3BAaHHBIE CEJIEKIIMEH B ITPOIIECCe TOMECTHKAITHN
OKYJIBTYPEHHOM COM, — CPAaBHEHHE UX TEHOMOB BBISIBUIIO 425
YHUKaJIbHBIX TeHOB (13 HUX 12 xoaupyior T®), xoTopsie
MIPHUCYTCTBYIOT B BO3JIEIBIBAEMOM CO€, HO OTCYTCTBYIOT B M-
kopactymieii (Joshi et al., 2013).

Ounorenus 6enka WOXS B OCHOBHOM MOBTOPSICT (hHITO-
TeHHIO TAKCOHOB PACTEHHMA, MICKIIIOYEHNE MOTYT COCTABIIATh
BUJIBI CO CIIEIMAIBbHON Mopdosornueil KopHsl, aaanTupoBaH-
HOH K OIpEeIeICHHBIM YCIOBHSM Cpebl (HanpuMep, BOTHbBIE
pacTeHmus).

NaTtTepH akcnpeccun WOX5 'y apabugoncuca
nero (I)yHKLI,I/II/I B OHTOreHese
Bo B3pocisix pacrenusix A. thaliana WOXS5 skcripeccupy-
ercs B 11 anukanbHON MEpUCTEMBI KOPHS, OTKYa IIPOLYKT
9TOTO TeHa MUTPHUpYeT B MHUIHANA Koxymerntsl (Haecker et
al., 2004; Pi et al., 2015). B 3apomsimax sxcrpeccus WOXS5
nHunuupyercs npu npegerepmunanuu I, 1.e. B npexaue-
ctBenHukax kietok I1Il. Haummaercs sxcupeccus WOXS
B O/IHOKJIETOYHOM rUroduse Ha 32-KICTOUYHOH TII00YIISIpHOM
craauu 3apoabiia (cM. [lomn. matepuarst 4). [locne ropuzoH-
TANBHOTO JeTICHHUS KIIETKH THohu3sl WOX5 sKcripeccHs mpo-
noipkaercs B Oonree 6mu3koM nipeatectseHanke [11, Bepxueit
JIMH3000pa3HOM KIIETKE TUIIO(H3bI, K NCUE3ACT B €€ TOUCPHEH
KJIETKE, TPEAICCTBEHHHUIIE KJIETOK KoyMeIutsl (Scheres et al.,
1994; Haecker et al., 2004). I1L] momHOCTBRIO (pOopMUpyeETCS
Ha CEepJCYKOBHHOM CTaJMK 3apojiblllia B pe3yJbrare JBYX
IIUKJIOB JIeIEHUH BepXHeH TMH3000pa3zHoi KieTku, u WOX5
IKCIIPECCUPYETCS BO BCEX €T0 YETHIPEX KIICTKAX.
Dkcmnpeccust WOX5, B IepByO ouepeilb, HCOOX0MUMa ISt
MOA/IEPKAHNUS CTBOJIOBOTO COCTOSTHHSI KJIETOK MHHUIMANEH
komymesniel 1 T, Tak kak B ee OTCYTCTBHE B TPOPOCTKAX
HYJIEBbIX MYTAaHTOB wox35 BCce TKaHHU 3apOAbINICBOTO KOpHA
(hYHKIIMOHUPYIOT HOPMaJIbHO, 3a HckmoderneM 111 u ko-
JyMEJUTBI, KJIETKH KOTOPBIX IPU CO3PEBAHHMH 3apOJbIlIa
W JlaJiee pH ero MpopacTaHny AU PepeHUPYIOTCS U MOTYT
3HAYNTENFHO YBETMUMBAThCS B pa3Mepax (Sarkar et al., 2007;
Forzani et al., 2014). Kpome Toro, y 3peibIXx 3apopblmiei
WOX5 MyT@HTOB 4aCTO UMEIOTCSI TPH CJIOSI KOJTYMEJTBI BMECTO
yeTeIpex B HoOpMe (80 % 3apoapliieii), y HEKOTOPBIX KIETOK
KOJIyMEJIJTBI He ITPOMCXOANT IIUTOKMHE3, OHN 3aHUMAIOT J[Ba
cios (92 % 3apoapliieii), 3HAYUTEIBHO YBEITUYEHO YHCIO
kietognbIx aeneHwi B [11] (1,4 nemeHns Ha KOpeHb y MyTaHTa
n 0,013 B Hopme) (Forzani et al., 2014). YV wox5 myTanTa
yBenuueHue yncia genenui B 111 peructpuposanocs Taxkxe
1 B KopHe npopocTka. CienosarensHo, WOXS koHTpompyeT
YHCIIO KJICTOK B KOJTyMmesule (Ha CTaguu ee (POpMHUPOBAHUS
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B 3apogpble), yucio aeneHudt B 11 u nognepxkanue myna
CTBOJIOBBIX KJIETOK KOJIyMEJUIBI (MJIH AUCTATBHBIX CTBOJIOBBIX
KJIETOK) B MEpUCTEME KOPHSL.

B 0MHOUHBIX WOX5 MyTaHTaX IPOKCHMaJIbHbIE CTBOJIOBBIE
KIIETKH, T.€. MHALUAIN COCYIUCTBIX KJIETOK, NMEPHUINKIA,
9HJI0ZIEPMHCA/KOPTEKCa M SIHIepMuca/ OOKOBOTO KOPHEBOTO
YexXJIMKa, Pa3BUBAIOTCS TaK ke, Kak B qukoM turne (Sarkar et
al., 2007). Ograko no06aBIeHNE My TAIlMHA WOX) K OMTUHOYHBIM
MyTaHTaM scr-4 u shr-1 v x 1BoiiHOMY plt] plt2 npuBoanT
K quddepeHIpoBKe TPOKCUMAIBHBIX CTBOJOBBIX KIIETOK,
YTO TO3BOJIAET MpPEAToNarars, uto reusl WOX5, SCR, SHR,
PLTI v PLT2 cOBMECTHO U B3aMO3aMEHSIEMO KOHTPOIUPYIOT
nojiiep>KaHKe IMyJia MPOKCUMAIIBHBIX CTBOJIOBBIX KJIETOK.

WOX35 sxcipeccupyeTcs TakKe C TePBBIX CTaAnH 3aKIa KN
MPUMOpPJNEB OOKOBBIX M NMPHIATOYHBIX KOPHEH, MapKHPYs
npemecTBeHHNKOB KieTok [11] B atux xopusx (Ditengou et
al., 2008; Della Rovere et al., 2013). Tem He MeHee OOKOBBIE
W TPUJIATOYHBIE KOPHHU 00pasyloTcsi B wox5 MyTaHTax, HO
C MEHbIIIel MHTEHCUBHOCTBIO, 4eM B JukoM tune (Gonzali
et al., 2005; Tian et al., 2014a). ¥ wox5 MyTanToB B OOKO-
BBIX KOPHSIX TaK e, KaKk ¥ B IEPBUYHOM KOPHE, TPOUCXOANUT
npexaeBpemennas nudpdepenuuponka [ u nHunManei
komymerntel (Tian et al., 2014a).

Hapsany c IIL WOX5 skcnpeccupyeTcs B 3apOjbllle
B IPUMOPAHUAX CEMAJO0JIEH, TIe HAUMHAsL C CEPACUYKOBUIHON
CTaJMH OH BBISBIISICTCA B TPYIIAaX KJICTOK, PACTIOIOKEHHBIX
B TOYKax (pOPMHUPOBAHUS B COCYTUCTON CUCTEME CeMsI0NIeH
narepanbHbix kmiok (Haecker et al., 2004). Dkcnpeccus
JIOCTHTaeT MaKCUMyMa Ha TIO3IHEH CepAeIKOBUIHOMN CTaAnu
3apojIbIIa, BCE €IIe XOPOIIO PEerucTpUpyeTcs Ha TOpIeo-
00pa3HOl cTaAuu M 3aTeM CHIbKaeTcs. B momnb3y Toro, uto
WOXS napsiny ¢ popMupoBaHHEM MEPHCTEMBI KOPHS yda-
CTBYET TaKke B ()OPMUPOBAHUH CEMSIOJICH M MEPHUCTEMBI
robera, roBOPUT TOT (PAKT, YTO y YUETBEPTHBIX MyTAHTOB WoX |
wox2 wox3 wox5 TIPOPOCTKH UMEIOT aHOMAJIUH Pa3BUTHS
cemsiioeld M MepucteMsl nobera y 82 % pacrenuii (oxHa
CeMsIJI0NsI BMECTO JIBYX, IaJOYKOOOpa3HbIil BEIPOCT HA Me-
cte AM u cems107ei U TOITHOE OTCYTCTBHE Tobera y 34, 30
n 18 % pacrennii coorBercTBeHHO) (Breuninger et al., 2008).
[Tpu 3TOM B pa3BuTHH 100era, Cys 10 BCeMy, IPAKTHUECKH
PaBHO3HAYHO W B3aUMO3aMEHSEMO yYacTBYIOT BCE UETHIPE
WOX rena, Tak KaK B OIMHOYHBIX MyTaHTAaX aHOMAJINH TO-
Oera nposBIISIIOTCS TOIBKO B HAJTMYMHU OIHOM cemsiionn y 7 %
(wox2) u 2 % (wox3) 3apopplmieii; B JBOWHBIX M TPOWHBIX
MyTaHTaX yBEJIMUYCHHUE IPOLICHTA 3apOABIIICH C OTHOM ceMsi-
JIoJIeH TPOUCXOAUT TOJBKO B ciydasx wox2 wox3 (12 %)
u woxI wox2 wox3 (31 %).

WOX5 sxcripeccrpyeTcs TAKXKe B 3pEJIOH MbUIBLE U B MbLIb-
LeBbIX TpyOKax npu ee mpopactanuu (Dorantes-Acosta,
Vielle-Calzada, 2006). Dxcripeccus WOX5 B manHOM ciydae
HeoOXomMa JJIsl HOPMAJIBHOTO MTPOPACTAHMS TTBUTBIIBL.

Bo Bpemst nHUIMAIMY 1 00pa30BaHMsI KaJllyca U3 pa3jiny-
HBIX 3KCIIIAHTOB apaduioricrca (KOpHEH, JINCTHEB, JICTIECTKOB,
CeMsII0NEH) TIPOMCXOANT ycrieHue skcnpeccunt WOXS5 naps-
ny ¢ npyrumu renamu HCK kopHst 1 aykCHH-aKTHBUPYEMbIMU
reramu (Sugimoto et al., 2010). [Ipu 3ToM akTHBaIMA 3THUX
TEHOB MPOUCXO/IHT 3a CYET SMUT'CHETHYECKOTO PEIPOT paMMH-
pOBaHusI, T. €. yTEM CHSTHS TUIIEPMETHIMPOBAHUS TUCTOHA
H3 mo Lys27 (H3K27me3) B ux npomotopax (He et al.,
2012). Ot u npyrue uccnenosanust (Che et al., 2007; Atta
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et al., 2009) HaILAHO IEMOHCTPUPYIOT, YTO PAOOTa TEHHBIX
ceTell MHUIMAIKU OOKOBBIX KOPHEH sIBIISIETCS HEOOXOIUMOi
CTaauei B mporecce 00pa3oBaHus KaJuTyca, 9TO BKIFOIAET aK-
TUBaLMIO dkcnpeccun WOXS. [Ipyrumu ciioBaMu, aKTUBALIUS
skcrpeccun WOXS5 u npyrux renos HCK kopHst HeoOXxoanmMa
JUTSL MTHAYKITHH TUTFOPUTIOTEHTHOCTH M PETTPOT PAMMHPOBAHUS
kierok. Kak yxe ynomuHanocs Bbie, WOX5 HaunHaeT
9KCTIPECCUPOBATHCS C TIEPBBIX AETICHUIN KICTKH OCHOBATEIIS
(founder cell) matepansroro xopus (Ditengou et al., 2008).
[Ipn 006paboTKe HUTOKMHUHOM MHUIHMAIMS MEPUCTEMBI I10-
Oera n camMoro nodera BO3MOKHA HAIPSIMYIO M3 TIPUMOPIHSI
060KOBOTO KOpHS 0€3 MTPOMEKYTOIHOH CTaaNN KaJTycoo0pa-
3oanust (Chatfield et al., 2013). Oxcnipeccust WOX5 napsiny
¢ apyrumu reramu HCK kopHst MOXeT ObITh MapKepoM co-
CTOSIHUSI TUTIOPUTIOTEHTHOCTH, TAaK KaK IPH TIEPEHOCE KIETOK
Ha cpefbl CO CIELHalIbHBIM COCTABOM T'OPMOHOB MOXKHO
OCYIIIECTBUTH pEreHepaIuio Kak moOeros, Tak 1 KOpHEH.

MatTepH akcnpeccun WOX5
y ApYyrnx BUAOB pacTeHnn
Kak n y apabunoncuca, sxcipeccus WOX5 B [11] ormeuanach
y ropoxa (Pisum sativum) (Osipova et al., 2012), mouepHbl
(Medicago truncatula) (Imin et al., 2007; Chen et al., 2009),
puca (Oryza sativa) (Kamiya et al., 2003) u xyKkypy3sl
(Z. mays) (Nardmann et al., 2007). ¥V monepHsl, puca, KyKy-
py3bl dkcnpeccust WOXS5 Oblna Takke OmucaHa B KIETKaX-
npemmectBenHnkax 1111 B 3apoxsimre (Kamiya et al., 2003;
Imin et al., 2007; Nardmann et al., 2007; Chen et al., 2009).

VY pactenuii u3 cemerictea 6000BbIX, M. truncatula v P. sa-
tivum, WOX5 Takxke dKCIPECCUpPYeTCs TIPH Pa3BUTHH CHM-
OMOTHYECKNX a30T(PHUKCHPYIOMINX KIyOCHBKOB, y4acTBYs,
KaK W MpH KaJulycooOpa3oBaHHUM, B PEIPOrPaMMHUPOBAHUH
kieTouHor nuddepenauporku (Osipova et al., 2012). Ha
3—4-ii neHb nociue NHIYKIUH 00pa3zoBaHus KiryoeHska WOX5
TPAHCKPUNT BUJICH B cailTe MHUITHALINH KITyOeHbKa (B HEKOTO-
PBIX KJIETKaX MEPHUIUKIIA, SHIO0EPMHUCA U KOPTEKCa, PACIIoNo-
JKEHHBIX HaIPOTUB KCHJIEMHBIX 1T0JTI0cOB). Taroke HeOOIbIION
CHUTHAJI 0OTMEYaeTCs BO BHEITHUX KJIeTKax koprekca. Ha 5—6-it
JICHb 3KCIPECCHS PACTIPOCTPAHSIETCS 110 BCEMY ITPHMOPANIO
KIIyOeHbKa. 3ateM 3kcrpeccuss WOXS mocTeneHHo maaaet
u Ha 12—14-ii neHb perucTpupyercst TOJIBKO Ha mepude-
pHUM pa3BUBAIOIINXCS KIyOCHBKOB. B 3penbix kimyOeHbKax
(21-28 gueit mocne uuaykuuu) WOXS5 skcupeccupyercs
TOJIBKO B HECKOJBKHX KJIETKaX Ha KOHIIE COCYAMCTOTO IydKa
KITyOeHbKa. Pa3BuTHE OMyX0Jei pacTeHuii ropoxa, BEI3bIBac-
MBIX OakTepueit Agrobacterium tumefaciens, Taxxe CBSI3aHO
C yBenuuyeHHeM dkcnpeccurn WOXS B KieTKax OMyXOiu
(Vinogradova et al., 2015). Takum oOGpa3oM, dKcrpeccus
WOXS5 y npyrux BUIIOB, KaK U Y apaOuIo1cruca, MOXeT ObITh
CBSI3aHA C PENPOrpaMMUPOBAHUEM, T.€. U3MEHEHUEM ITyTHU
TG PepeHIUPOBKA KICTKH.

VYV kykypy3sl ZmWOX5B skcupeccupyeTcsi He TOJIbKO
B I11l, HO ¥ B MHHMIKAIAX CTEJIM U UX MOTOMKaX, T.¢. B Oa-
3aIbHOM YacTH cocyauctoit cucteMsl (Nardmann et al., 2007).
B xone ontorenesa skcupeccuss ZmWOX5B HaunHaeTcs
B I[EHTpe MIECTUAHEBHOTO 3apo/bliia. J{anee Ha cTaguu pas-
BUTHS KOTHJICIOHOB JOMeH dKctipeccru ZmWOX5B cTaHOBUT-
Cs1 OKPY?KEHHBIM CO BCEX CTOPOH JOMEHOM JKCIPECCUH I'eHa
KNOTTEDI. TlpudeM B 00MacTsIX HKCIPECCUU ITHX T'€HOB
HeT nepekpriBanus. [locme storo skcmpeccust ZmWOX5B
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¢doxycupyercst B I11] 1 pacnosioxXeHHbIX HaJ HUM Hpe.-
IIECTBEHHUKAX KJIETOK COCYAHCTOW cucTeMbl. ZmWOX5A
9KCITIPECCUPYETCS B paHHEM SHJIOCTIEpPME cpasy IOCIIe TOTO,
Kak ero 0a3alibHbIN CJIOW CTAHOBHUTCS KJIETOYHBIM. Jlajee oH
pETUCTpUpPYETCS B CYCIIEH30pe 3apoablima (B 4—6 CIIOIX O
[T xopemka) rmocine MepBoil cTaaun 00pa30BaHMs JIHCTHEB
(cm. dom. marepuanst 4). B npopoctke ZmWOX5A4 sxcnpec-
CHUpPYyeTCs B SIUACPMICE KOPHS, KOTOPHIH y4acTBYeT B ITO-
IJIOIICHUN HOHOB M3 pr30c(hepsl B KOpeHb. MOXKHO clenarhb
BBIBOJI, YTO Y KyKypy3bl opTojior AtWOXS5, kakuM sBisieTcs
ZmWOXS5B, umeet 0oJee pacIIMPEHHBIN TOMEH YKCIIPECCHH
1o cpaBHeHUIO ¢ AtWOXS, a ero napanor, ZmWOX54, nmeer
CBOI COOCTBEHHBIH crienn(UYecKuil JOMEH DKCIIPECCUH.
Bo Bcex BuIax, B KOTOPBIX HCCIEIOBAIHN dKcIpeccuio WOX),
oHa Ob1a o6Hapy»xeHa B 111 (XoTs ObI y OJHOTO U3 TapaJIoroB
WOXS5), TeM He MEHee Y OTAENbHBIX BUJIOB KCIIPECCHUS MOXKET
UMETh crenn(uIecKkre 0COOEHHOCTH.

CurHanbHble nNyTy,

perynupytowume skcnpeccuto WOX5

B perynsanuu aktuBHOCTH reHa WOXS5 BBISBIEHO ydyacTue
CUTHAJIBHBIX ITyTel ayKCHHA, IUTOKMHNHA U caxapoB. Caxa-
pa B pacTUTEILHOM MHUPE TaKXK€ UTPAIOT POJIb CUTHAIBHBIX
MOJIEKYJT ¥, KaK ayKCHH W IUTOKUHWH, KOHTPOJIUPYIOT 3Ha-
YHUTENILHOE YHCIIO MpolieccoB pocta u pa3surus (Lastdrager
etal., 2014).

HawubGonee cinoxHOH siBIsieTcsl TKaHecnennpuaHas 1 J10-
303aBUCHMAasl PETYISIIUS ayKCUHOM dKcipeccun rena WOXS5
(Gongzali et al., 2005; Ding, Friml, 2010). Pacnpenenenne
ayKkcrHa uMeeT MakcumyM B 11 1 mHUIHANAX KOIyMeIThl
(Sabatini et al., 1999; Brunoud et al., 2012), B To Bpemst Kak
PHK WOX5 skcupeccupyercs B 111, HO HE oOHapyxeHa
B MHUIUAJISX KOJyMeIuTbl. [Ipy ayKCHHOBOM OTBETE IPOHCXO-
IUT ferpajaaius oeakos cemeirictBa Aux/IAA (Auxin/Indole
Acetic Acid), cynpeccopoB T® aykcmHOBOTO O0TBeTa (AUuxin
Response Factors, ARFs) (Sauer et al., 2013). B 1L aykcu-
HOBBI OTBET oniocpenyercst Aux/IAA 6eixom IAA17/AXR3
(Ding, Friml, 2010). Cepxakcnpeccus IAA17/AXR3 ocnabd-
nsier B I11] kak curHaim oTBeTa Ha ayKCHH, TaK U SKCIIPECCUI0
WOX35, B To Bpems Kak B axr3 MyTaHTe U s3kcripeccus WOXS,
Y CUTHAJI ayKCHHOBOT'O OTBETA BBIXOAAT 3a pezedst [1L] 1 pe-
THCTPUPYIOTCS TAKKE B MHULMAIISIX KOpTEeKca/IHI0iepMuca
(Tian et al., 2014b). ARF10 u ARF17 B HOpMe noaaBisitoT
skcrpeccuio WOX5 B Koirymerie, Tak KaK Ipu MOAaBICHUN
¢dyHkmm 06oux reHoB WOX5 naunHaeT TaM c1abo 3Kcipec-
cupoBathcs (ipu aToM skcripeccust WOXS B [ nmpoucxonut
Tak e, kak B mukoMm ture) (Ding, Friml, 2010). O6pabotka
pacTeHus SK30TeHHBIM ayKCHHOM B TeYEHHUE 24 9 MMOAaBiIsIeT
skcrpeccuro WOX5 B npenenax ero qomena (I111) no ciabo
JIETEKTHUPYEMOM, HO BBI3BIBAET SKTOMHUYECKYIO SKCIIPECCUIO
B MHUIMAISAX dHJ0JepMuca/kopTekca. [Ipu Bo3nelcTBun
AayKCMHOM B TE€UEHHE TPEX CyTOK 3kcrpeccus WOXS5 nonHo-
CTBIO McUe3aeT. B To xe Bpemst IpH MoAaBIEeHUN (yHKINUU
ARF10 u ARF17, HecMOTpsl Ha Takyro ke JUIMTEIbHOCTh
00paboTrku aykcuHoM, B I11] coxpaHseTcst JOCTAaTOYHO BbI-
paxkeHHas kcripeccust WOX5. Tlpu IMTeNnsHOCTH OTBETa
WOXS5 na aykcuH, 3aHIMArOIIEH CyTKU 1 OoJiee, MOXHO ITpe-
MOJIOKUTE, uTo WOX5, ckopee Bcero, He SBIAETCS MPSMON
MHIICHBIO ayKCHHOBOTO OTBETA, @ PETYINPYETCs] ayKCHHOM
OTIOCPEIOBAHHO.
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C npyroii CTOpOHBI, pH MyTauu rema LAX2, xonupyro-
1Iero 6eJI0K, UMIIOPTUPYOIINi aykcuH B KieTky (Like Auxin
Resistant 2), cHmkatotest ypoBeHb aykcuHa B [1L] u axcripec-
cust rena WOX5 (Zhang et al., 2013). OnHuUM 13 BO3MOX-
HBIX OOBSICHEHUH MOXET OBITh CyIIIECTBOBAHHE OIPEICIICH-
HOTO MHTEpBaJa KOHIeHTpanuii aykcuHa B 111, mpeBbimenne
UM TOHUXXEHUE KOTOPBIX BEAET K CHUIKCHHUIO aKTHBHO-
ctu WOX5S.

Takas cinoxkHast peryasus aykcuHoM skcnpeccun WOXS5
MOYKET MTPOUCXOIUTH U3-3a TOro, 4yTo Oeok WOXS, B CBOIO
odepeib, aKTUBUPYET CUTHAIIBHBIN ITyTh ayKCHHA, T. €. CyIlle-
ctByeT obparHas cBs3b (Tian et al., 2014b). DR5rev.:GFP
CUTHaN (CEHCOp ayKCHHOBOTO OTBETA), B HOPME MMEIOIIUH
MakcumyM B [111, ouens cnado mposBisercs B [Ty wox5 my-
TaHTOB, MOJYEPKHBas BaxkHYI0 poib WOXS B moaaep:kaHuu
Makcumyma aykcuHa B III1. IIpu uccienoBanuu pacreHui,
MYTaHTHBIX 110 WOX5 uin CBEpXIKCIIPECCUPYIOIMINX TOT T'eH,
He ObUTO 0OHAPY’KEHO U3MEHEHHH B OKCIIPECCHUH I'€HOB KaK JIe-
KOHBIOTAIIMH ayKCHHA, TAK U €r0 MOJIIPHOTO TPAHCTIOPTa, B TO
BpeMs Kak ypoBeHb cBoOoHOTO aykcrHa M1 DRS::GUS curnan
OBUTH TTOBBINICHBI IO CPaBHEHHIO ¢ HOpMOH B 35S:: WOX5-
GR pacTeHMsIX U YMEHBIIIEHBI B Wox) MyTaHTaX. Tak Kak
BiusgHAs WOXS5 Ha NEeKOHBIOTAINIO ayKCHHA OTMEYECHO HE
ObUTO, TO OBIIO BBICKA3aHO TPEJIOJIIOKEHHE O TOM, YTO U3-
MEHEHMsI B YPOBHE ayKCHHA Mpu cBepxdkcnpeccun WOXS5
MOYKHO OOBSICHHUTH TeM, yTo WOXS5 BiauseTr Ha CHHTE3
aykcnHa. B pacteHmsix co cBepxakcnpeccueit WOX5 Obuto
00Hapy’KEHO 3HAYUTEIBHOE yBEIWYECHUE HKCIPECCUH TeHa
YUCI, xonupyromero oanH U3 IByX (epMEHTOB OCHOBHOTO
myTH Onocunresa aykcnna u3 trpunrodana (YUCCA 1), B To
BpeMst Kak red T4A41/WEIS, xonupytomuii Apyroi GepMeHT
sroro myTu (Tryptophan Aminotransferase of Arabidop-
sis 1), He moKa3aJl OTIIMYUH OT AMKOTO THTA. B TO ke Bpems
ypoBeHb TpaHckpunuuu 744 1/ WEIS ymenblancs B iBa pa3a
npu cBepxakcnpeccnn IAA17/AXR3 u, Ha000POT, YBEITHIH-
BaJICS B UeThIpe pasa B axr3 mytantax (Tian et al., 2014b).
Pe3ynbTaThl KOMIBIOTEPHOTO MOJICTUPOBAHNUS [TOKA3AIIH, UTO
HaJIMYUe PETYIATOPHOTO KOHTYPA, CBS3bIBAIOIIETO TTOJIOXKH-
TENbHYIO PETYJSIHMI0O CUHTE3a ayKCHHA, OCYIIECTBISIEMYIO
WOX35, ¢ ero akTuBanueil B OTBET Ha ayKCUH 1 MHTMOUpOBa-
HHEM OTBETa Ha ayKCcHH ¢ momoibto I4A17/AXR3, Heobxo-
JIMIMO 1 JIOCTaTOYHO JJISI MOAJIePIKaHHUsT MAaKCHMyMa ayKCHHa
B KOHYHMKE KOPHSI Y HUILIY JMCTAIbHBIX CTBOJIOBBIX KIICTOK.
ITpu cambIX IEPBBIX Taax 3aKiIaJKH OOKOBBIX KOPHEH! TOBBI-
HIEHHBIH YPOBEHb ayKCUHA B KJIETKE-OCHOBATENE PEIETEPMHU-
uupyer [11] yepe3s akrusaruro sxcnpeccun WOX5 (Ditengou
et al., 2008).

B xopHe nMTOKMHUH mopasiser dkcnpeccuro WOXS5 Ha-
psny ¢ sxcnpeccueii rena SCR (konupyromero Td cemelicTa
GRAS) u renoB-tpancmoptepoB AUX! (Auxin Resistant 1)
n LAX2, npuBHOCAIMX ayKCUH B KieTKy (Zhang et al.,
2013). 3naunTensHOE najgeHue ypoBHs WOXS TpaHckpunra
HaOromaeTcs MpuMepHo depes 8 4 mocie obpadorku. [Tage-
Hue dKcnpeccnn LAX2 Habnronanock ropasao panbiie. Cre-
JIOBATeNbHO, PErynsnus skcnpeccun WOX5 NUTOKUHUHOM
MOXET OCYIIECTBISTHCS UEPE3 M3MEHEHNE MO/ BIHMSIHUEM
IIUTOKMHNHA TTOTOKOB ayKCHHA B KOPHE, TaK KaK ()EHOTHII
lax2 myTtanTa xonmupyeT (HEHOTHUI PACTCHUS MPpHU 00paboTKe
IIUTOKMHIHOM: B HEM CHIDKEHBI dKcnipeccus WOXS u otBeT
Ha ayKCUH M yBeIudeHo yncio aeneHnit knerok [, Kpome
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Toro, uzBectHo, 4ro SCR akrusupyer WOXS5 (Sarkar et al.,
2007), m perynsnus TATOKUHUHOM WOX5 MOXeT OBITh TakkKe
onocpenosana yepe3 SCR.

VY 3apoaplieii apadbugorncuca npu norepe GyHKIUHU JBYX
WHTHOUTOPOB CHTHAIBHOTO IyTH IUTOKWHWHA, ARR7 wmn
ARRI5, HaOMODAMHCh SKTOMUYCCKOEC YCUICHHUE ITUTOKHU-
HUHOBOTO CHTHajla B KJETKax 0a3ajbHOW 4acTh 3apoibliia
U CyIIECTBEHHOE yMEHBINEeHHUE dKcripeccnu WOXS u apyrux
renoB HCK kopust (Muller, Sheen, 2008). ITpn oquHOYHBIX
MYTAaLHsIX TIOJJOOHBIX aHOMAJIMI He HAOMIONANIOCh, YTO MOXKET
TOBOPHUTH O B3aMMHOMU crioco0HOCTH ARR7 nnmt ARR 15 xoM-
TICHCUPOBATh HEAOCTATOK aKTUBHOCTH JIPYTOTO T'eHa.

Wnnyxmus sxcnpeccun WOXS ocymiecTBiaseTcs Takxke
TYPaHO30# — IPUPOAHBIM JHCAXapUaI0M, HeMeTaboIu3upye-
MBIM H30MepoM caxapo3sl (Gonzali, 2005) u, ckopee Bcero,
KaK U MHIYKIHS IUTOKUHUHOM, OMOCPEI0BaHA ayKCHHOM.

B perymsun skcnpeccun WOXS5 urparoT posib CUTHAIb-
HbIC NyTH ayKCHHA, IUTOKWHUHA U APYTUX COCAMHEHUH,
HO OCHOBHOW KOMIIOHEHTOM 3TUX CUTHAJIBHBIX IIyTEH, CyIs
0 BCEMY, SIBIISICTCSI PETYIATOPHBIN KOHTYp aykcuH—WOX5
C J10303aBUCHMBIM M TKaHECTICHU(DUIHBIM KOHTPOJIEM ayK-
CUHOM dKcripeccurt WOXS5 1 oOpaTHoii CBsI3bl0, OCHOBaHHOI
Ha akTuBar WOX5 cuHTe3a ayKCHHA.

Perynauua tpaHckpunuun reHa WOX5

Perynsmus sxcnpeccrn WOX5 obecrniednBaeTcsi Ha IIHATE-
HETHYECKOM, TPAHCKPHUIIIIMOHHOM, MOCTTPAHCKPHUIIIIHOH-
HOM U [TOCTTPAHCISIIMOHHOM YpoBHsX (Tadi. 1). IIpu atom
OHAa MOXKET OCYNIECTBISITHCS KaK HANpsMyIo, IPU HEIO-
CPEJCTBEHHOM KOHTAKTE PETYJSTOPHOro (hakropa ¢ mpo-
MOTOpPOM, TpaHckpunToM min Oenkom WOXS, tak u uyepes
nocpenHuKkoB. OgHAKO B OONBIIMHCTBE CIydYaeB emie He
YCTAQHOBJICHO, K KAKOMY THUILy PETYISIHHA aKTHBHOCTH I'eHa
WOXS5 (npsitMmoMy WIIH HETIPSIMOMY) OTHOCHUTCS BO3/IEHiCTBHE
(baxropa. {715t ynoOCTBa M3TIOKEHNUS MBI Pa3JIEITIIIH 3Ty TJIaBy
o Tunam (QyHKIuiH (HaKkTopoB, 3a/1eHICTBOBAHHBIX B PETYIIs-
uuu WOX5.

dnureHeTnyeckne pakTopbl,
BAMAIOLWMe Ha dKcnpeccuio WOX5
B nacrosiiee Bpemst cpen Bcex actiekToB peryisinun WOX5
HanOOJIbIIIEe YUCIIO AAHHBIX UMEETCS OTHOCHTEIBHO pery-
JsIEn dKenpeccud WOXS snureHeTHYecKuMu (hakTopamu.
B sinpe sykapuot renomuas JIHK B komruiekce ¢ ructoHaMu
o6paszyet JJHK-0enKoBbIi KOMIUIEKC (XpOMATHH), CTPYKTypa
KOTOPOTO B MPOMOTOPE TeHa ONpeeNnseT ero JOCTYIHOCTh
s TO (Clapier, Cairns, 2009). Hapsiay ¢ MmeTunnpoBaHHeM
n nemernmposanneM JJHK, monudurkanny ructoHoB (MeTH-
JMpOBaHue, alleTHINpoBaHue, hochopriimpoBanme u oopar-
HBIE FIM ITPOIIECCHI ) SIBISIFOTCS] COOBITUSIMU STIUTEHETHUECKOM
perymsanuu. OCHOBHAsI €IMHHUIIA XpPOMAaTHHA, HYKJIEOCOMA,
cocrout u3 146-nyxneornanoit JJHK, obepHyToii Bokpyr
okToMepa u3 4eTslpex ructoHoB (H2A, H2B, H3 u H4),
Ka)KIIBIH M3 KOTOPBIX MPE/ICTABIICH B IBYX dK3eMIUIIpax. Mo-
JrKanms THCTOHOB JI0CTATOYHO YaCTO OCYILECTBIISIETCS 10
mm3uny (K), manpumep, B rucrone H3 musunst 4, 9, 27 u 36
(H3K4, H3K9, H3K27 u H3K36) mMoryt ObITh MOHO- (me),
- (me2) u tpumetminposansl (me3) (Sharma et al., 2015).
H3K4 n H3K36 meTniampoBaHbI B IPOMOTOpPAX aKTHBHBIX
TeHOB, B TO BpeMs kak MetunupoBanne H3K9 u H3K27 xa-
Developmental genetics
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Table 1. Factors affecting WOX5 gene expression

Factor

Action on WOX5

E.A. OwenkoBa, H.A. Omenbanuyk, M.C. CaBuHa
T. MacTtepHak, H.A. KonuaHos, E.B. 3emnaHckas

Experiments in which the action was revealed

In atx1 mutants, WOX5 is expressed not only in the quiescent center, but also
in vascular initials (Napsucialy-Mendivil et al., 2014)

In clf mutants, WOX5 expression in the quiescent center is elevated (Aichinger

In pkl mutants, WOX5 expression is reduced by about 25 % (Aichinger et al.,

In row1-3 mutants, WOX5 expression extends upward from the quiescent center
to the proximal meristem (Zhang et al., 2015)

In minu1 minu2 mutants, the WOX5 expression level increases. The bulk of WOX5

ATX1/SDG27 Suppresses (activates the repressor)

WOXS5 expression in vascular initials
CLF Suppresses WOX5 expression

in the quiescent center etal, 2012)
ELP2 Activates WOX5 expression
PKL Activates WOX5 expression

2012)

ROW1 Suppresses WOX5 in proximal

meristem cells
MINU1 Exert complex regulation of WOX5
and MINU2 expression

expression occurs in cells above the quiescent center but not in the quiescent
center itself, where it is reduced (Sang et al., 2012)

PHB and PHV

Suppress WOX5 expression

In se mutants, the expression level of mir165/166 is not sufficient to remove
the PHB and PHV transcripts from the basal part of the embryo (Grigg et al.,
2009). As a result, WOX5 expression is absent from this region

SHR and SCR

Activate WOX5 expression

In prl1-9 mutants, the WOX5 expression domain is slightly extended and WOX5
expression level increased (Ji et al., 2015)

PRL1 Suppresses WOX5 expression

in the meristematic zone
POL/PLL1 Is required for WOX5 expression
ACR4 Suppresses WOX5 protein expression

When the CLE40 peptide (binding to ACR4 as a ligand) is added to the medium,
columella stem cells differentiate (Stahl, Simon, 2009). This suggests the restric-
tion of the WOXS5 protein function by the CLE40/ACR4 receptor module

PaKTEepHO ISl PETIPeCCUPOBAHHBIX TeHOB. MeTHIIMpOBaHNE
OCYIIECTBIISIOT JIM3UH-METHITpaHcdhepasbl, 1eMETHINPOBa-
HHE — TUCTOH-/IeMETHIIa3hlI.

ATX1/SDG27 (Set Domain Protein 27) xonupyer H3K4
IHCTOH-MeTWITpaHcdepasy, akTHBUPYIOLIYIO SKCIIPECCHIO
TEHOB 1 B KOPHE BO MHOTOM OIPE/IEIISIONIYIO €T0 apXUTEKTY Py
(Napsucialy-Mendivil et al., 2014). B 62 % atx/ myTaHTOB
WOX5 nomumo III1 skcnipeccupyeTcst TakkKe B MHHIHAISIX
cocymucroi cucteMsl Haq 111, B 60KOBBIX KOPHSX TEPBOTO
MOpsIJIKa JOMEH KCIIPECCHH TIOJHIMAETCS eIle BhIIIe (K J0-
YEpPHUM KJIETKaM WHHUIMAJIEH COCYIMCTON CUCTEMBbI) U Ha-
omomaercs game (B 82 % G6oxoBeIx kopHeit). ATX1/SDG27
SIBIISIETCSI OIHUM M3 T€HOB, OAABIISIOIINX dKcnpeccuto WOXS5
BHe ero jomena B [111.

CLF 6enok rpymmst Polycomb ygacTByeT B TpUMETHINPO-
Bauuu ructoHa H3 mo musnny 27 (H3K27me3) u noxasnser
aKkTHBHOCTH MepucteMbl (Aichinger et al., 2012). V clf my-
TaHTOB YBEJIIMYEHBI JUTMHA KOPHS U dKcripeccus WOXS B I11.
YV 1BOWHBIX MYTaHTOB clf Wox5 JjMHa KOPHS BO3BpAIaeTcs
K HOpPME, YTO CBUJIETEJILCTBYET O TOM, YTO MTOJABIEHUE AaKTHB-
HocTh Mepuctemsl 6erkoMm CLF omocpenoBaHo 9acTHIHBIM
perynupoBanueM skcnpeccun WOXS5.
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B T0 xe Bpems skcnpeccus WOX5 npumepHo Ha 25 %
YMEHBIIAETCSl B MyTaHTE 10 I'€HY JPYroro XpoMaTHH-pe-
moaenmupytomiero ¢axropa, PKL (PICKLE), u 3To compo-
BOXJaeTcs yBenuueHneM ypoBHs H3K27me3 (Aichinger et
al., 2012).

Benox Elongator Protein 2 (ELP2), sBustromuticsi cyOs-
eAMHHIIEH SBONIONMOHHO KOHCEPBAaTHMBHOTO THCTOH-aIle-
TUIITpaHc(epasHOro KOMILIEKCa, OKa3bIBaeT aKTUBHUPYIOIIEe
JefiCTBHE Ha AKCIPECCHI0 He Toimbko WOXS, HO u ApyTuX
TeHOB, OTBETCTBEeHHBIX 3a noajepxkanue [ n HCK, Takux
kak SHR u SCR, 1 TeHOB ceMeHCTBa TPAHCKPUIIIMOHHBIX
¢daxTopoB PLETHORA (Jia et al., 2015). Oto G110 MOKa3aHO
Ha OCHOBaHUU MOJaBJIeHUs dKcnpeccuu reHoB WOX5, SHR,
SCR, PLTI1, PLT2 B mytanTtax elp2. Hapsiay ¢ atum B elp2
MyTaHTaX HaOIIOMaroTCs yBenudeHue gucna aeneanii B [11]
n muddepeHMpoBKa HHUINAICH KOIyMeITbI.

Jpyroii 6enok, Repressor Of Wuschel 1 (ROW1), taxxe
o0magaromuii THCTOH-AETHITPAaHCEpa3HO aKTUBHOCTHIO,
B omimume oT Oenka ELP2, siusercs cympeccopom WOXS5
(Zhang et al., 2015). ROW1 perynupyer 3KCIPECCHIO TeHa
WOXS5, caseiBasics ¢ H3K4me3 ructoHamMu B TPOKCHMAITh-
HOM yuacTke mpomotopa. JlomeH sxcnipecun ROW 1 Brimroyaer
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BCIO ITpOKCUMaIIbHY0 Mepuctemy Hax L1, ITpu 3ToM B TpaHc-
reHHol muHIN pacteruit WOXS5::mCherry-ROW 1, B KoTOpoid
ROWI skenpeccupyercs B [11] (nomene skcipeccun WOX5),
skcpeccus WOX5 nonHocThIO nonasisercs. B rowl my-
TaHTax ’Kcrpeccus WOX5 pacnpoctpansiercs BBepx oT [11]
B TIPOKCHMAJIEHYIO MEPHUCTEMY.

Hexkanonunyeckue xpomarua-pemonyupyromae SWI/SNF
AT®azsr MINUSCULE, MINUI u MINU2 npuHHMaroT
ydacTue B KOHTPOJIC Pa3BUTHSI allMKaJIbHOW MEPHCTEMBI I10-
Oera u kopHs (Sang et al., 2012). Cpenu JBOHHBIX MyTaHTOB
minul minu2 BRICOK MTPOIICHT YMOPHOHATBHBIX JeTaJei. BoI-
JKUBIIHE 3apOJIBIIIN JAIOT IIPOPOCTKU C aHOMAJIMSIMH B Pa3-
BUTHU aluKaJbHBIX MepucTeM. Dxcnpeccusi WOXS5 B kopHe
MIECTUAHEBHOTO MPOpOCTKa minul minu2 mytanta B 15 pa3s
BBIIIIE HOPMBI. JIOMEH SKCIIpEecCHH CABMHYT BBEpPX W JiaTe-
paibHO, OCHOBHas 3Kctipeccust WOX5 peanusyeTcs B KJIeTKax,
PacHoIOKEHHBIX Ha MECTE HHUIIMAIIEH CTEIIs, B TO BPEMSI KaKk
B [111 sxcripeccust oueHs crnadas. st MINU2 Gernka mokazaHo
MpsIMOE CBS3BIBAHME C MPOMOTOpOM reHa WOX5 metonoM
UMMYHOIIPELUIUTAINN XPOMATHHA.

TpaHcKpUNuMoHHbie paKTopbl,

BAuAtowWwme Ha skcnpeccuio WOX5

B Hacrosiiee BpeMs BBISIBIICHO HECKOJIBKO TPAHCKPHITIIHOH-
HBIX ()AaKTOPOB, Y4aCTBYIOIINX B (DOPMUPOBAHUH IKCIIPECCUH
rera WOX5. O TpaHCKPUTIIIHOHHBIX (PaKTOpax ayKCHHOBOTO
orBeta ARF10 u ARF17, nonasnstonux skcnpeccutro WOXS5
(Ding, Friml, 2010), 66110 cka3aHo Bbiie. Taroke penpeccopa-
MH 110 OTHOMIeHUt0 K WOXS ssistiorest isa T, PHABULOSA
(PHB) u PHAVOLUTA (PHYV), otHOCstmecst k HD-ZIP 111
kinaccy TO (Grigg et al., 2009). Dkcrpeccusi TUX TCHOB
y apabunorcuca peryaupyercs rpymmoid MUPHK mirl65/166
(Muller et al., 2016). Bo Bpemst pa3BUTHS MEPHCTEMBI KOPHS
MuPHK rpynmer mirl 65/166 ¢rmocoOCTBYIOT MPEKPAIICHUIO
skcrpeccun reHoB HD-ZIP [1] cemeticTa B 6a3aibpHOI yacTn
zapogpia (Grigg et al., 2009; Smith, Long, 2010). SERRATE
(SE), reH, KOOUPYIONIHI OCIOK, UMCIOIIUI TOMEH I[HHKO-
BBI majery (THIl CTPYKTYpHl Oelka, CTaOMIN3UPOBaHHBIN
OIHUM WJIM JIByMsl HOHAMHM [IMHKA), y4acTBYeT B OMOreHese
MuPHK (Iwata et al., 2013). B se myranTax ypoens MuPHK
3HaunTeabHO cHmkeH, PHB u PHV ocrarorcst B 6Oa3anbHOMR
YacTH 3apOJIbIIIA, MEPUCTEMA KOPHS HE Pa3BUBACTCSI U OTCYT-
ctByeT 3kcnpeccus renoB WOXS5 u SCR (Grigg et al., 2009).
B tpoitnom myTante se-5 phb-13 phv-11 sxcipeccust WOXS5
n SCR mpucyTcTBOBaIa, MEpUCTEMa KOPHS U caM KOPEHb
Pa3BUBAINCH HOPMAJIBHO.

Tparckpunmms mirl 654 mirl 65B HanpsaMyio perymupy-
ercs T® cemeiictBa GRAS — SCR u SHR (Carlsbecker et
al., 2010). SHR u SCR siBnstrorcst aktuBaropamu WOX5, no-
CKOJIBKY M3BECTHO, UTO dKcnpeccus WOX5 yMeHbIIeHa Win
OTCYTCTBYET B OZIMHOYHBIX MyTaHTaX 110 3TUM IreHam (Sarkar
etal., 2007). SHR u SCR unrudupytor PHB onocpeoBaHHO
gepe3 miRNA165/6, cnenoarensHo, aktuBanus WOXS5 stu-
MU JIByMsI (haKTOpaMHU MOXKET 3aKJII0YaThCs B IOIABICHUH €TI0
unruburopa PHB (Carlsbecker et al., 2010).

Bce nepeuncinennsie Boinie TdD, BEpOSITHO, AEHCTBYIOT
Ha 3kcnpeccuto WOX5 onocpe1oBaHHO, MOITOMY MOMCK MX
MHUIIIEHEH — MPSIMBIX PEryasTopoB TpaHckpunimu WOX5 —
B HACTOSIIIIEE BPEMsI SIBISETCS OAHOW M3 aKTyalbHBIX 3a/ad
B obnactu reHHbIx cereil HCK kopHs.
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nOCTTpaHCKpVII'ILI,VIOHHbIe N NOCTTPAHCNALUNOHHDbIE
dakTopbI, BAvgalowme Ha skcnpeccuio WOX5

K nocTTpaHCKpHIIIIMOHHON PEryJIsiliii OTHOCSAT MOJIU(HKa-
IIUH TPAHCKPHIITA, 3aTPATrUBAIOLIIE MIPOLECCHl €TO CO3peBa-
HUS (CIUTAMiCHHT M MPOIeCcCHHT) Wik craduibHocTh MPHK,
B TOM YHCJIe U peryismnuio ¢ nmomorbio MukpoPHK, a Taxxe
MOCTTPAHCIALNOHHYIO PEryJsIINI0 aKTHBHOCTH U CTaOWIIb-
HOCTH OEJIKOB.

WD40-6emox PRL1, xoTopslii sBisieTcs: CyObenuHULICH
SIIEPHOTO CIDTaHCOCOM-aKTHBHUpYIoIero komriekca (Nineteen
Complex, NTC), oka3bIBaeT MOAABISIONICE ICHCTBHIE HA DKC-
npeccuro WOX5, HO akTUBUpYIOIIEe ASHCTBUE HA dKCTIPEC-
cuto reHoB PLTI u PTL2 (Ji et al., 2015). B mecTuaHeBHBIX
npopocTkax prll-9 MmyrantoB ypoBeHb WOXS5 TpaHcKpHIiTa
B IIATh pa3 BBIIIE, YeM B JuKoM Ture. Kpome toro B pril-9
MyTaHTaX JIOMEeH dkcnpeccunt WOXS5 pacmmpeH naTepaibHo
Y BBEPX NMPUMEPHO Ha OJIUH CIION KIICTOK.

docdarassl Tuna 2C (PP2C, protein phosphatase type 2C)
POLTERGEIST (POL) and POLTERGEIST-LIKEI (PLL1)
HeoOxoxuMmbl Jutst popmupoBanus U nomepxkanus HCK xax
KOpHsI, Tak u modera (Song et al., 2008). 3aponsiutu pll1 pol
MYTaHTOB SIBIISTIOTCSI SMOPHOHATIBHBIMH JIETAIISIMH, B HAX HE
(hopMupyIOTCSl MEpPUCTEMBI TT00ETa M KOPHS M OTCYTCTBYET
skcripeccust WOX5 B muH3000pa3HOM allMKaIbHOM KIIETKE TH-
nouzbl. Dxernipeccust WOXS5 ¢ KOHCTUTYTHBHOTO ITPOMOTOpA
BOCCTaHaBJIMBaNa (JOPMUPOBAHUE TUCTAIBHBIX CTBOJIOBBIX
KJIETOK M YaCTUYHO MPOKCUMAJIbHBIX CTBOJIOBBIX KIIETOK
B OTHX 3aponsimax. Beuny toro, uro B plll pol myraHTax
C MEPBBIX JIETICHUH 3apo/IbIilla HapyIIeHa TaKKe IKCIIPECCHsT
reHa PINI TpaHcmopTepa ayKCHHA, TO MOXHO TaK e, KaK
U B HECKOJIBKHX CIJTy4asiX, OMMCAHHBIX BBIIIIE, IPEIIOJIararh,
YTO U3MEHEHU B 3kcrpeccuu WOX5 BbI3BaHbI HAPYHICHUSIMU
B pacmpezenenuu aykcuHa. Kpome toro, skcrpeccust PIN/
AKTHBUPYETCSI TPAHCKPHUITIIMOHHBIM (JaKTOPOM ayKCHHOBOTO
orBeta ARFS/MONOPTEROS (MP) (Wenzel et al., 2007),
9KCTIPECCHs] KOTOPOTO, B CBOIO OUYEPEdb, MOXKET PEryaupo-
Batecsi POL u PLL1 ¢ocdarazamu (Gagne et al., 2008).
BosmokHo, uto POL 1 PLL1 docdarazsr urpator 1BoiHyI0
POJTb: TONJIEPKUBAIOT dKcTpeccuio WOXS5 n ydacTBYIOT
B ()OPMHUPOBAHNUN PACIIPEAEICHHS ayKCHHA.

Penenirop-kunasel cemeiictea CRINKLY 4 (CR4), Bkirouast
ACR4 (CR4 apabuporicuca), IMEIOT CUTHAIBHBINA TIENTH]I,
BHEKJICTOUHBII JIOMEH, TPAaHCMEMOpaHHYIO CHHpalib U IH-
TOIJIa3MaTHUECKUI CepUH-TPEOHUH KMHA3HbIA AomeH (Cao
et al., 2005). ACR4 BmecTe ¢ Ipyroii penentop-KHHa3o0i
CLAVATA1 (opMupyroT roMo- U TeTepOIIUMEPHI, KOTOPHIC
B 0TBET Ha curHanbHbIN nentua CLE40 koHTponupyIoT nos-
JiepKaHre MEPUCTEMBI KOPHS U dKkcripeccuto WOX5, BeIcTymas
kak perynsatopHbrii koHTYp CLE40-ACR4-CLVI-WOXS5
(Stahl, Simon, 2009; Stahl et al., 2013). 4ACR4 sxcripeccupy-
eTcs B IIePBBIX TpeX ciosx komymenibl (Stahl, Simon, 2009),
kyna murpupyer WOXS5 Gemok (Sarkar et al., 2007). ACR4
dhochopmmupyer Oemok WOXS, cBA3BIBAsICh C MOCICIOBA-
teapHOCTEIO GSAGAALG(pS)FSVK, pacnonokeHHol Ha
N-konre nmentuna (Meyer et al., 2015). Ilpenmonaraercs, 9to
dhochopumupoBanue orpaHuYHBacT MOOMIBHOCTE WOXS5
6enka (Stahl, Simon, 2009). Bueknerounstii nenrrug CLE40,
KOTOPBIiA 0TBedaeT 3a Au(HepeHINPOBKY KICTOK KOTYMEILTBL,
HEraTUBHO BIUSIET Ha oKcrpeccuto WOXS, akTUBUpYs €ro
B3anmoseiictue ¢ ACR4.
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Monck PerynaTopHbIX 3/1IeMEeHTOB

B npomoTtopax reHoB WOX5

3KCHepI/IMeHTaHBHO MOATBEPKACHHBIX AAHHBIX O HPSAMBIX
peryisiTopax TPaHCKPUIIIMOHHON akTWBHOCTH reHa WOXS5
B HacTosIIee BpeMst Ype3BbIuaiino Majo. [Ipsimoe B3aumoneii-
CTBHE C XpPOMAaTHHOM B paiioHe mpomoTopa WOXS5 mokazaHo
JUTS STIUTEHETHYECKUX PeryasTopoB WOXS5: THCTOH-aIIeTHII-
Tpancdepassl ROW1, koTopast cieninpuyecku CBSI3bIBACTCS
¢ MeTHIMpOBaHHbIM ructoHoM H3K4me3, u xpomarun-pe-
moznemupyromeit AT®azer MINU2 (Sang et al., 2012; Zhang
et al., 2015). Kakue-mubo mganHbeie 0 B3aumojciicteun Td
¢ THK npomotopa WOXS5 0TCyTCTBYIOT.

C ucnonb30BaHNUEM JIOCTYITHBIX OHJIAHH-TIPOT PAMMHBIX T1a-
KETOB HaMU OBLI POBEJICH in silico aHanmu3 5'-perynsTopHOT
obmnactu (—1000; +100) rena WOX5 u3 30 BUgOB pacTeHUi
(Mom. Marepuasl 5) ¢ HEIbIO MPEACKa3aHUs TOTCHIINATIBHBIX
CiS-peryIsSTOPHBIX 2JIEMEHTOB M, COOTBETCTBEHHO, BO3MOX-
HBIX MIPSIMBIX PEryasTopoB skcnpeccuu WOXS5. C moMoIsio
nporpammsl Matlnspector (http:/www.genomatix.de/) B 3Tux
PEryISITOPHBIX paiioHax ObUIO HaijeHo Oosee 40 cemeiicTB
TPAHCKPHUILIMOHHBIX (PAaKTOPOB, UMEIOIINX MPEANOoNaraeMble
calThI CBA3bIBaHMs. [I0TEeHIIMAIbHBIE CAITHI CBA3BIBAHMS TOJIb-
KO 4eThIpex 13 3ThX cemeiictB TM ObuM pacrio3HaHBI BO BCEX
npomoropax 30 Bunos: AHBP, MADS, MYB u DOF (ta6u. 2).

st kasxoro u3 pacno3HaHHbIX ceMelcTB Td mpencka-
3aHHBIC CANTHI CBSI3BIBAHUS TOMAIH B J1Ba KOHCEPBATHBHBIX
y4acCTKa, BBIABJICHHBIX B PE3YJIBTATEC IOIMMAPHOIO0 BBIpABHU-
BaHUS 5'-peryIATOPHBIX MMOCNenoBaTeNbHOCTel TeHa WOX5
A. thaliana (AtWOXS5) ¢ reHOMHBIMHU IO CIICIOBATCIHLHOCTIMHU
JIPYTHX BUJIOB KPECTOLBETHBIX (Arabidopsis lyrata, A. halleri,
Brassica rapa, B. rapa FPcs, Capsella rubella, C. grandiflora,
Boechera stricta, Thellungiella halophila) B mporpame Vista
(http://pipeline.lbl.gov/) (puc. 2). [IpencraButencii cemeiicTB
TparcKpunIHOHHEIX (hakTopoB AHBP, MADS, DOF u MYB
(nmoncemeiictea MYBL 1 MYBS) MmokHO paccmarpuBarh Kak
OCHOBHBIX KaHIHUAAaTOB, CIOCOOHBIX OCYIIECTBJIATH MPAMYIO
perymsinuto sxenpeccun WOXS.

VHTEepecHBIM pe3yiIbTaToOM 0Ka3ajloCh HAJIMYUE Cpenn
MPE/ICKa3aHHBIX CAWTOB CBSI3bIBAHMUS [10CIICIOBATEILHOCTEH,
C KOTOpbIMH cBsi3bIBaeTcs 0esiok WUS. YunTsIBast B3anmosa-
MensiemocTs 0enkoB WUS u WOXS5, a Takxke T0, 4TO in Vitro
Td WOXS puca B3auMOoJeHCTBYET ¢ caiTaMi CBA3BIBAHUS
WUS (Kamiya et al., 2003), MOXHO TIPEAIIONOXHATE, YTO
WOXS5 crocobeH 0oCyMIeCTBISATh PETyISIINI0 SKCIPECCHH
CBOETO e I'eHa.

Taxkue T®, xak ATHB1, ATHBS, ATHBS8, REV, FLC,
SOC1, WER, PHRI1, DOF1 u DOF2, skcnpeccupyrorcs
B KopHEe (cM. Tabin. 2). Kpome toro, T® ATHB8 u REV
sisitorest romosioramu PHB u PHV, koropsle nonasisitor
skcnpeccuro WOX5 (Grigg et al., 2009).

T® cemeiictBa MADS Hanbornee mHUpOKO OMUCAHBI Kak
perynsaTopsl nBeteHus y pacrenuit (Ng, Yanofsky, 2001),
OJIHAKO OHU KOHTPOJIMPYIOT U APYTHE NPOrpaMMbl pa3BUTHS,
B yacTHOCTH (opmupoBanue kopHei (Liu et al., 2015; Yu et
al., 2015). IIpencrasurenu cemetictBa MYB n3BecTHBI Kak
PEryISITOPBI KIETOYHOTO UK. J{J1s1 HEKOTOPBIX U3 HUX I10-
Ka3aHO ydacTHe B MOAABICHUM KJIETOUHbIX AesieHuil B [IL]
(Vilarrasa-Blasi et al., 2014).

Takum o6pazom, sxcripeccus B kopae T ATHB1, ATHBS,
ATHBS, REV, FLC, SOCI1, WER, PHR1, DOF1 u DOF2,
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Hapgaay ¢ HAJIMYUEM UX MTOTCHIIUAJIbHBIX CalTOB CBS3bIBAHUS
B IIPOMOTOPAX BCEX Mccaeq0BaHHBIX WOX5 reHoB, 1 KOHCEep-
BaTUBHOCTH PAHOHOB JIOKAJIHM3ALUK 3THX CAalTOB y KpecTo-
IBETHBIX YKA3bIBAIOT HA BO3MOKHOC Y1aCTHUE ICPCUNCIICHHBIX
(akTOpPOB B MPSIMOM peryisiuu dKcrpeccnn reHa WOXS,
YTO MTO3BOJISICT PEKOMEHI0BATH UX JJISl SKCIIEPUMEHTAILHOM
MIPOBEPKH.

leHbI-MuLeHn

TpaHcKpunuyuoHHoro paktopa WOX5

Oyukimst WOXS Kak perymnsTopa TPaHCKPHIILIAH TOCTYIHAPY-
eTcsl MPEUMYIIIECTBEHHO Ha OCHOBAHHH €T0 IIEPBUYHOM CTPYK-
Typbl. [ToMHMO romMeooMeHa — XapakTepHOM YepThl LIEJIOro
psana T® — WOXS5 comepkuT paHee oxapaKTepH30BaHHBIC
y apyrux OenkoB nomensl-penpeccopsl WUS-6okc 1 EAR
motuB (Haecker et al., 2004; Gao et al., 2014), 1151 kaxaoro u3
KOTOPBIX CHOCOOHOCTB ITOAABIISITH TPAHCKPHUIILIHIO TEHOB ObLITa
nokazaHa skcriepumenTanbHo (Hiratsu et al., 2003; Tkeda et al.,
2009). Mexy romeonomeroM 1 WUS-00kcoM pacrionaraercst
HEOOJBIION YIaCTOK, COCTOSIIININ 13 KMCIIBIX aMHHOKHCIIOT, —
MOTEHIMAIBbHBIN akTuBarop TpanckpumuH (Ikeda et al., 2009;
van der Graaff et al., 2009). B To >xe Bpemst UMEIOTCSI HEKOTO-
pbI€ 3KCIEPHMEHTAIbHBIE JAHHBIE, OMMCHIBAIOLIIE YyIacTHe
WOXS B perynsuuu TpaHCKPHUIIIUK TeHOB ¥ crieruduie-
CKYIO pOJIb €r0 ()yHKLIMOHAJIBHBIX JIOMEHOB B 9TOM Ipolecce.

B wactHocTH, HemaBHO OBILIO MMOKa3aHo, 4yTo 6eox WOXS5
B cOCTaBe KomIuiekca ¢ kopenpeccopamu TOPLESS/TOP-
LESS-RELATED (TPL/TPR) u rucroHn-aeaneruias3oii
HDA19 nopmasmister sxcnpeccuto rena CDF4 B kimetkax [11]
1 MHULUAISX KOIYMEIIBL Y A. thaliana mytem neaneTuianpo-
BaHMS F'MCTOHOB B MPOKCUMAJIBHOM paiioHe npomotopa CDF4
(Pietal., 2015). T'en CDF4 xonupyet T®, koTOpHIit c110CO0-
cTByeT AU(pPEpEeHINPOBKE KIECTOK KOJYMEJUIbI, U YPOBEHb
€ro BO3pPacTaeT 0 I'PaJUCHTY: OT OTCYTCTBHSI SKCIIPECCUH
B TIOKOAIIEMCS [IEHTPE ¥ HU3KOTO YPOBHS IKCIIPECCHH B CTBO-
JIOBBIX KJIETKaX KOJTYMEIIIbI JI0 BBICOKOTO YPOBHS 9KCIIPECCHU
B Au((epeHIIMPOBaHHbBIX KIIETKaX KOIyMesuibl. KirtoueByro
pob s peanmzarm WOXS5-0nocpeoBaHHOTO TIOIaBICHHS
skcrpeccnn CDF4 urpaet nomen WUS-60kc, Torna kak EAR
MOTHB 3HAYUTEIILHOTO BIMSIHUSI HA PEIPECCHUIO HE OKa3bIBAET.
CesseiBanne WOX5 ¢ mpomotropom CDF4 TIpOUCXOONT TIO
MOCJIEI0BATENBHOCTH, B LIEHTpe KOTOpoil HaxoauTcst ATTA.
DTa nocaen0BaTeIbHOCTh KOMIUIEMEHTapHa KOPOBOI IocIe-
noBarenbHoCTH caita cBs3piBaHus AtWUS TAAT (Lohmann
et al., 2001; Yadav et al., 2011). Bo3moxHo, uto T® WUS
1 WOXS UMEIOT O/IHY U TY K€ KOPOBYIO IMOCIIE0BAaTEILHOCTh
B cBoWX caifrax cBs3biBanHust TAAT/ATTA. Tlo xpaiiaeit mepe,
6110 OKazaHo, uto WOXS5 puca (OsWOXS) cnennduaecku
B3aMMOJICHCTBYET in vitro ¢ caiiToM cBs3biBaHusA TO AtWUS
(TTAATGG) B mpomoTtope reHa apabunorncuca AGAMOUS
(Kamiya et al., 2003).

WOXS5 nonasnsiet axcnpeccuto rena CYCD3;3, KOTopbii
koHTpospyeT G1-S mepexos B KIETOYHOM IHKJIIE, YTO 00e-
CIEUMBACT HU3KYIO MUTOTHYECKYIO aKTHBHOCTH KiteTok [1L]
(Forzani et al., 2014). Bzaumopueiicreue denka WOXS ¢ nipo-
MotopoM rera CYCD3;3 ObIIO TTOKa3aHO C UCTIONE30BAaHHEM
METOZI0B MIMMYHOIIPEIIMTIIUTAIINY XPOMaTHHA ¥ KOJTMIECTBEH-
Hoit [1L[P (ChIP/qPCR).

IToMuMO OXapaKTepH30BAHHBIX BBIIIE MPSMBIX MUIIECHEH
WOXS, Ha 0CHOBaHUU MOJIEKYJISIPHO-T€HETUYECKUX UCCIIe-
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Table 2. Transcription factors whose binding sites were identified in the 5’-regulatory region (-1000; +100 bp relative to the tran-
scription start site) of the WOX5 gene by Matlnspector software (http://www.genomatix.de/)

Transcription factor family and names

Factors expressed in root and/or hypocotyl cells*

ATHB: ATHBI1, 5, 8 (Arabidopsis thaliana Homeobox 1, 5, 8),
REV (REVOLUTA), BLR (BELLRINGER), WUS (WUSCHEL)

ATHB1: in the vasculature, hypocotyl, and root tip (Capella et al,, 2015).
ATHBS5: in the hypocotyl (most intensely at the shoot/root junction), in the

root: in vascular cells in the differentiation zone, and, weakly, in epidermis
(Johannesson et al., 2003). ATHBS: in the root meristematic and elongation
zones and also in the procambium and columella (Baima et al., 1995).

REV: in the xylem and cambium and also in lateral root primordia (Hawker,
Bowman, 2004)

MADS: FLC (Flowering Locus C), SOC1 (Suppressor of FLC: in the root tip (Michaels, Amasino, 2000). SOC1: in the root meristem
Overexpression of Constans 1), AG (AGAMOUS), AP1 (Lee, Lee, 2010)
(APETALAT), AP3 (APETALA3)

MYB: WER (WEREWOLF), PHR1 (Phosphate Starvation WER: in developing non-hair root cells and in nonstomatal cells of the
Response 1) hypocotyl (Lee, Schiefelbein, 1999). PHR1: in roots (Rubio et al., 2001)

DOF1 and DOF2: in root and hypocotyl vascular cells (Ward et al., 2005;
Skirycz et al., 2006)

*Factors expressed in the root are shown in bold.

a
mb § I 6 8 10 2 14 16 18 0
1.1kb
AT3G11260.1
1 Arabidopsis lyrata
2 M Arabidopsis halleri
3 M Brassica rapa FPcs
4 M Boechera stricta
5 M Capsella grandiflora
Brassica rapa

7 Thellungiella halophila
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Fig. 2. Analysis of WOX5 promoter regions in Brassicaceae species.

(a) Pairwise nucleotide sequence alignments of the AtWOX5 5"-regulatory region (-1000 to +100 bp, relative to the transcription start) with the WOX5 promoter
sequences of other Brassicaceae species by the Vista program (http://pipeline.lbl.gov/). Exons are shown in purple; untranslated regions, in blue; and promoter
sequences, in red. Two conserved regions in the promoter region of AtWOX5 were identified: from -70 to -300 and from -800 to —-870 bp (relative to the
transcription start). (b) Analysis of the 5'-regulatory region (-1000; +100) of AtWox5 with the Genomatix Matinspector program (http://www.genomatix.de/),
allowing in silico search for binding sites for TFs using the database of cis-regulatory elements. In total, we found more than 40 TF families that possessed
putative binding sites in sequences under study. The TF families shown in the figure are selected as present in the WOX5 promoters of all the 30 plant species
examined. The binding sites of all four families are located in conservative areas identified by pairwise alignment of the AtWOX5 promoter sequence with the
promoter sequences of WOX5 genes belonging to other Brassicaceae species.
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Fig. 3. Auxin (indole-3-acetic acid) and indole glucosinolate synthesis.

Thick gray arrows show the main auxin biosynthesis pathway from tryptophan mediated by TAA (tryptophan aminotransferase
of arabidopsis) and YUCCA (YUC, flavin monooxygenase) enzymes. Thin gray arrows show the pathway of indole glucosinolate
synthesis from tryptophan involving CYP79B2, cytochrome P450 monooxygenases CYP79B3 and SUR2/CYP83B1, and SUR1
(C-S lyase). Dashed gray arrows indicate the putative alternative pathway for auxin synthesis from indole-3-acetaldoxime, the

indole glucosinolate precursor.

JOBaHMUM OMMCAHO BiIUsHHUE 3TOro TAd Ha aKTUBHOCTH 11€JIOTO
psina kmoueBsIX pakropos monaepskanus HCK, xots mpsmoe
B3aumojieiicteue WOXS ¢ peryisTopHbIMU paliOHaMHU CO-
OTBETCTBYIOIIUX I'€HOB HKCHEPUMEHTAIBHO HCCIEAOBAHO
He 65110. C momomntsio T-JIHK mHCepnnu ObIT MONyYeH tin
(turanose-insensitive) mytant o reny WOXS5 (Gonzali et al.,
2005). Kogupytorast wacts rena WOXS5 (AT3G11260) coctout
13 IBYX 3K30HOB U uHTpoHa. MHcepuus T-IHK npounzonua
B KOHIIE BTOPOTO 3K30Ha. Hapsiy ¢ 3TuM 1o Mecty nHCcepuuu
BbIsIBJIEHa TpaHchokanus rena AT1G48610, xonupyromero
HEM3BECTHHIN Oenok. B pesynsrare ¢ mpomoTtopa WOXS5
reHa CUMThIBaeTCA XUMEpHbIN TpaHnckpunT, ybsi MPHK nocie
CIUTAliCUHTa COCTOUT U3 5'-HETPaHCINPYEMOi 00I1acTH reHa
WOXS5 n ero GenoK-KOTUPYIONIEH MOCIe0BaTeIbHOCTH 03
68 mocIeHUX HYKJICOTHIOB 10 CTOI-KO/IOHA, 32 KOTOPOH
cienyetr MPHK AT1G48610 naunnas ¢ mectu HyKJI€OTHIOB
KoHIa 3'-HeTpaHCIHpyeMOon obiiacTu 3TOTO reHa. Bumy
TOTO, YTO /in MYTaHT BOCCTAHABIMBACTCS /IO AWKOTO THIA
cBepxaKcnpeccueit reHa WOX5, oH paccMaTpuBaeTcs Kak
MYTAHT I10 3TOMY T'eHy. B fin MyTaHTe 3HaUNTEIbHO MOBBIIICH
yposenb MPHK rena SUPERROOT?2 (SUR?2), no cpaBHEHHUIO
¢ TUKUM THITOM. M3 3TOTO CiieyeT, 4To OeIOK, CYMThIBAEMbIN
C XMMEPHOTO TPAHCKPHIITA, HE MOAABIISET HKCIIPECCHIO T'eHa
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SUR2. B nuKoM THUIIE TIOIaBIE€HUE IKCTIPECCUN OCYIIECTBIS-
ercs 6emkoM WOXS HampsMyro WIH depe3 MOCPEIHUKOB.
I'en SUR2 yuactByeT B Onocunrese aykcnHa (Mikkelsen et
al., 2004). Ha puc. 3 u3obpaxkeHa cXeMa OCHOBHBIX MyTeH
CHHTE3a ayKCHHa 13 Tpunrtodana y pacteHuid. B HacTosmee
BpeMsI TOKa3aHOo, YTO OCHOBHBIM ITyTeM OMOCHHTE3a ayKCHHA,
T. €. uHAoIWI-3-ykeycHoi kucnorel (MYK), u3 Tpuntodana
spisiercst TAA (Tpunrodan amuHOTpaHChepa3a apaduI0ICH-
ca)/YUCCA (YUC, ¢maBuHCOAEpIKAIIass MOHOOKCUTCHA3a)
win [PA (unnonuin-3-nupysar) myTs (Mashiguchi et al., 2011;
Won et al., 2011). Bropoii myTs uaeT yepe3 KOHBEPCHIO TPHUII-
toana B [AOX (MHIOIMI-3-aIIe TOATHIOKCHM ), OCYIIICCTBIISI-
eMyto AByms tuToxpom P450 monookcurenazamu, CYP79B2
n CYP79B3. V nBoifHOrO MyTaHTa IO TeHaM, KOAUPYIOIINM
9TH (pepMeHTHI, yMeHbleH oomuit myn UYK u ¢penorun co-
OTBETCTBYET PACTCHUSIM C YAaCTHYHO CHIIKEHHBIM COJIepKa-
HHUEM ayKcHHa (YMEHBILICHNE JUTHHBI PACTEHHS, THITOKOTHIIS,
YEPEIIKOB JINCTHEB U CaMHX JIHCThEeB) (Zhao et al., 2002).
Wuonmi-3-aneToanbI0KCUM SIBISICTCS TPE/ILIECTBEHHUKOM
kak UVK, Tak ¥ MHIONWI-DIIOKO3UHOJATOB, BTOPUUHBIX
MeTaboJINTOB, OCYIIECTBISIOMNX 3aIIUTHBIE (QYyHKIINU
y pacrennii (Kasahara, 2016). AxruBanus rena SUR2 nepe-
kirogaeT [AOX-TIyTh Ha CHHTE3 MHAOIMI-TIIIOKO3HHOIATOB,
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nogasneHue rena SUR2 — Ha TOTIOTHUTEIbHBIN K OCHOBHOMY
IPA iyt cunre3 UVK. Takum obpazom, WOXS5 Hampsamyio
WK 4epe3 MOCPEIHUKOB OCYIIECTBISIET ATO MEPEKITIOUEHHE.
WuTepecHo otMeTuTh, uTo IAOX ITyTh MMEETCSI TONBKO Y He-
KOTOPBIX BUJIOB pacTeHMH. /[0 HacTosIero BpeMeHu reHbl
CYP79B2 n CYP79B3 ObutH HaliIcHBI Y KPECTOIBETHBIX,
ropoxa u Tabaka (Quittenden et al., 2009; Sugawara et al.,
2009; Nonhebel et al., 2011).

WOX5 saBnsiercs Takxke akTuBaTopoM reHa PLTI, ogHOTO
13 OCHOBHBIX perynsatopoB romeocraza HCK B xopHe, HE00-
xonumoro (Hapsay ¢ PLT2) nist noanepXaHus aKTUBHOCTH
n npaBwiIbHON Jokanm3anuu [11] B konunke xopus (Ding,
Friml, 2010). Tak, y mytanToB 4. thaliana c norepeit pyHKInM
WOXS5 mponcxomut 3aMmeTHOE TofaBieHue akTusHocTH PLT 1,
anpu uaayknuu 35S:WOXS5-GR yposens PLT TpaHckpunra
3HAYUTEIBHO yBEIWYHMBAaETCA. BBUIYy TOro, 4TO JUIsl 3TOTO
yBEIU4eHUs TpeOyeTCs MPOAOIKUTENbHAS MHIYKIHS, MOKHO
T0JIaraTh, YTO PErYJSIINS IPOUCXOJUT HE HANPSIMYIO, & TIPH
Y4aCTUH JIOTIOJIHUTENILHBIX (haKTOPOB.

I'er SOMBRERO (SMB), conepxxammii NAC-nomeH, oT-
BEUACT 32 BBIXOJ[ JOUEPHUX KJICTOK MHUIIMAIEH KOIyMEIUThI
u3 craguu Jenenns u ux muddepennuposky (Willemsen et
al., 2008; Bennett et al., 2010). B wox5-/ myTaHTe 3KcIpec-
cust SMB nepeMeIaeTcst Ha OAUH CION BBEPX B MHHUIIUAIU
kosrymerutsl (Bennett et al., 2014). Yepes 4 1 nociie MHAyKIUH
35S:WOX5-GR sxenpeccust SMB B KOTyMeIlIe CyIieCTBEHHO
YMEHBIIAETCS U Mcue3aeT nocie 24 4 uHAyKIun. TakuMm 00-
pazom, WOXS nogasnsiet axcnpeccuto SMB He Tosbko B I111,
TJIe OH 9KCIIPECCUPYETCS, HO U B MHUIUAIISIX KOJIYMEJUThI 3a
caet murpanm WOXS5 Genka.

I'eneTnueckue ucCCIeIOBaHUS M aHAIN3 YKCIIPECCHH CBU-
JIETETBCTBYIOT O HAMMYWHU NPsAMBIX mumieredr WOXS u mu-
IICHEH BTOPOTO MOpsAKa KaK B I€HHOH CETH PETYJSIUN
i depeHINPOBKY KIICTOK KOJTYMEIUIBI, TAK ¥ B TCHHOW CETH
MOAJEPIKAHKS ITyJla CTBOJIOBBIX KJIETOK MEPHCTEMBI KOPHS
B 11e710M. J{)1s1 GONTBIIMHCTBA ITHX MUILICHEH TOYHBIC ICTalN
OCYIIIECTBIICHHUS 3TON PETryIAINH TOKA HEU3BECTHBI.

3aknioyeHune

HaxkoruieHHBIE K HAaCTOSIIEMY BPEMEHHU JJAaHHBIE CBUJICTEIb-
CTBYIOT O KITFOYEBOM poii reHa WOX)5 kak B muhepeHnnpoB-
K€ KJIETOK KOJTyMEJUIbL, TAK U B IOIIEP’KaHNH ITyJ1a CTBOJIOBBIX
k1eTok B AM kopHs. TouHble MeXaHU3MbI OCYIIECTBICHHUS
oTux QyHKIH WOXS 1 perymsaiun akTHBHOCTH CaMOTo TeHa
B OOJIBIITMHCTBE CITy4aeB HEN3BECTHBI.

B nanHoii paboTe Hapsaay ¢ 0030pOM OMyOIMKOBAHHBIX
JAHHBIX MBI MIPOBENIN (PUIOTEHETHYECKUH aHAIN3 aMUHO-
KHCJIOTHBIX ITocieqoBarenbHocTeil OenkoB WOXS pasHbIx
BUJIOB PACTCHUM, KOTOPBIX II0Ka3aJl KOHCEPBAaTUBHOCTb 3TUX
MOCTIEIOBATENIFHOCTEH, a TAKKe CIeII(pUIecKue 0COOCHHO-
CTH Y HEKOTOPBIX BUJOB, CBSI3aHHBIE KAaK C 3BOJIIOLIMOHHBIM
MOPSIJIKOM, TaK U C OIPEACICHHBIMU YCIOBHSIMH OOUTaHUS
3THX BUJIOB.

Cpenu TO, 1151 KOTOPBIX YIAI0Ch IPOBECTH MOUCK CAaliTOB
CBSI3BIBAHUS, BBIICICHBI HauboJiee BEPOSTHBIE KaHUAAThI
B perymsaTopsl WOXS5, Tak Kak MX CAThI CBA3BIBAHUS TIPUCYT-
CTBYIOT BO BCEX MCCIEOBaHHBIX TpoMoTopax 30 BUAOB pac-
TEHHUH M pacroyaraloTcsi B KOHCEpBaTUBHBIX y4acTKax. JTO
oenxu msatu cemericts Td: AHBP, MADS, MYBL, MYBS,
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