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CucTeMHO-OMoOJIornueckmii aHanams reHa WOX5
11 ero QVHKIIMI B HUIIIEe CTBOJIOBBIX KJIETOK KOPHSI

E.A. Omenxopal 2@, H.A. Omeabsuuyk! 2, M.C. Casunal> 2, T. [Tactepnax®, H.A. Koauanos! 2, E.B. 3emasuckas’
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2 DepepanbHoe rocyfapcTBeHHOe aBTOHOMHOE 06pa3oBaTesibHOe yUpexaeHue Bbicliero obpasoBaHus «HOBOCUMOUPCKMI HALMOHaNbHbIN

1CCNefoBaTeNbCKNin rOCyAapCTBEHHbBIN YHBepCUTeT», HoBocnmbmpck, Poccua
3 NHcTuTyT 6rionorum |l/ monekynapHoi ¢prsnonorun pacteHuin, Opainbypr, lepmanus

len WUSCHEL RELATED HOMEOBOX 5 (WOX5) kopupyeT TpaHCKpunuu-
OHHbI HaKTOpP, KOTOPLIN ABMAETCA OOHNM U3 OCHOBHbIX PErYNATOPOB
NoAAePKaHNA CTPYKTYPbl U GYHKLMOHUPOBAHUA HALLIN CTBOSTOBbIX
KNeTOoK B KOHUMKe KOopHA pacTeHuin. benok WOX5 skcnpeccupyetca

B KNeTKax NOKOALLEerocs LieHTpa anukaibHOM MepucTeMbl KOPHS,
npegoTepallas AnddepeHUNPOBKY NpUeraLmx 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),
pooOHaYanbHMK KOTOPOro, TPAHCKPUMNUMOHHbIN dpakTop WUSCHEL
(WUS), obecneumBaeT nogaepxaHvie HALWY CTBOSTOBbIX KIETOK

B Mepucteme nobera. Cuntaetcs, uto reH WOX5 pusepruposan

oT obuiero ¢ WUS npefika y ApeBHUX MOKPLITOCEMEHHDIX, B Pe3yJib-
TaTe Yyero Npow3oLuna cneuyanm3anmsa HIL CTBOJSTOBbIX KIETOK
nobera n kopHa. OfHaKo BOMPOC AasibHelLEeN AUBEepPreHUnn
CTPYKTYpbl 1 dyHKUMin WOXS5 B npoLiecce 3BONIOLMUN LIBETKOBbIX
pacTeHwuii n3yyeH cnabo. B gaHHOM 0630pe npefcTaBieH CUCTEMHO-
6uonornyecknin aHanuns reHa WOX5 ¢ Lenbio BbiABNEHUA 0COOEHHO-
CTell €ro 3BOSIIOLMN N MEXaHU3MOB GYHKLMOHMPOBaHMA. [Ins 3Toro

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

y apabugoncuca v 4pyrux BUaoB 1 ero GyHKLUMAX B OHTOreHe3e,
npviBefieHbl pe3ynbTaTbl SKCNEPVMEHTOB MO BbIABEHUIO NEPBUYHbIX
1 BTOPUYHBIX MUALLEHEN 3TOFO TPAHCKPUMUMOHHOTO GaKTopa, a Takxe
06cyaeHbl JaHHbIe O BO3MOXHbIX MeXaHU3Max MPAMOW 1 HenpAMOW
perynaumm skcnpeccun WOXS5. B yacTHOCTY, Gbil NpoBeeH aHanums
NPOMOTOPHbIX obnacTtert reHa WOX5 y 30 BuoB pacteHuii 1 6binm
BbICKa3aHbl rMNoTe3bl 0 BO3MOXHbIX MPAMbIX Perynatopax akcnpec-
cum WOX5 Ha oCHOBaHUM Hannuma COOTBETCTBYIOLMX NOTEHLMab-
HbIX CAalTOB CBA3bIBAHMSA B KOHCEPBATUBHbIX 06/1aCTAX MPOMOTOPOB
reHa WOX5.

KntoueBble cnoBa: pa3BuTNE KOPHA pacTeHNA; anvKanbHaa mepuctema
KOPHS; CTBOJIOBbIE KNETKM PacTeHUI; TPAHCKPUMLUMOHHBIN dpakTop
WOX5; cuctematunieckuin 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 WOXS5 functioning are unclear. The WOX5 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 00YCIIOBJICH ITOCTOSTHHBIM ()yHKIIMOHHPOBAHUEM

CTBOJIOBBIX KJIETOK B allMKaJbHBIX MepucteMax (AM)
moOera u xkopHs. Kak nmpasmio, crBonoBbie kieTku AM (Ha-
3bIBaCMble MHUIUAISIMH) MIPETEPIIEBAIOT ACUMMETPUIHOE
JieJIeHe, 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
UM cTBOoJOoBEIX KieTok (HCK) — ymopsimouennoii ana-
TOMHYECKOH CTPYKTYpbI, HEOOXOAMMOM JUIsl IPaBUIILHOTO
anmkanpHOTO pocTa (Aichinger et al., 2012). B ee ocHoBe —
opranusytomuii neatp (OL]), HerrocpeacTBEHHO KOHTAaKTHPY-
IO co cTBOJOBEIMHU KileTkamu. Kietku OL] (B xopHE oH
Ha3bIBAaETCs MOKoAIIMMes eHTpoM, [11[) xapakTepusyrorcs
HU3KOM MUTOTHYECKOH aKTHMBHOCTBIO M HUTPAIOT KIIIOUEBYIO
POJIb B TOAJEPKAHUN MHIUBUAYAIbHBIX XapaKTEPHUCTUK
KOHTAKTHUPYIOIINX C HUM CTBOJOBBIX KJIIETOK, IOJABIISS MX
mdpepentmpoBky (van den Berg et al., 1997; Scheres, 2007).

KittoueBbIMU peTyssiTopaMy HOJICPKAHUS CTPYKTYPbI
n ¢pyakunonuposanust HCK anukanbHBIX MEpUCTEM SIBIIS-
I0TCSI TpaHCKpUIIIHOHHBIE (hakTopsl (TD), Hampumep, 1Is
HCK xopnst ato 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 hopMupyiot
CIIO’KHYIO CeTh B3aMMOJICHCTBUI, CHOCOOHYIO BOCTIPHHUMATh
U TIepeiaBaTh Pa3IndHbIe PETYISATOPHbIE curHanbl (Bennett
etal., 2014).

B nonneprkaHun HUIIY CTBOJIOBBIX KI€TOK AM KOpHS Bak-
Hyto pons urpaet T® WOXS cemeiictea WUSCHEL related
homeobox (WOX), npencraBuTenn KOTOPOTO CHennpHIHbI
JUISl PAaCTEHHH M PEryJIUPYIOT Pa3iIMyHbIe dTalbl UX Pa3BH-
tus (van der Graaff et al., 2009). V Arabidopsis thaliana L.
cemeiicteo WOX mpencraBineHo 15 TpaHCKpUNIIMOHHBIMU
(hakropamu. Pononavanpauk cemeiictsa, 6eiok WUSCHEL
(WUS), yuactsyer B monaepxxannn HCK B AM mobera,
KOHTPOJIHMPYSI COXpaHEHHUE IUIFOPHITOTEHTHOCTH CTBOJIOBBIX
kierok (Laux et al., 1996; Mayer et al., 1998), perymupyer
UX KOJIMYECTBO U MAaTTEPH KJIETOUYHBIX JEJICHUH, a TAKXKE Mep-
BbIE 3Tarbl AUGPEPSHIMPOBKN UX KIETOK-TIOTOMKOB (Yadav
et al., 2010). OcranbHbIe TIPEACTABUTEIN CEMEUCTBA (B TOM
gucine 1 WOXS5) ObutH BBISIBJICHBI HA OCHOBAaHUHM CXOJICTBA
MIEPBUYHOIN CTPYKTYPbI KOAMPYIOMIUX UX TE€HOB C MOCIE0-
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BaTeNBHOCTHIO TeHa WUS, Omaronapst HATMYHIO KOHCEPBA-
THUBHOTO TOMEO/IOMEHA C XapaKTepHOH cTpyKTypoit (Mayer et
al., 1998; Haecker et al., 2004). ¥ 6enxoB WUS u WOX1-7
MUMEETCS TaKXKe JOTONHUTENIBHBI KOHCEPBAaTUBHBIH MOTHB
(Tax Ha3pBaeMbrid WUS-00KC) IITHHOM B BOCEMb aMHHOKHC-
noTHbIX ocTtatkoB (koHcencyc TLPLFPMH) (Haecker et al.,
2004; Gao et al., 2014). XapakTepHO! 4epTOH OPTOIOTOB
WOXS, no3Bostoniel ommuyarb UX OT JIPYruX MpeacTaBU-
teneii cemerictBa WOX, siBnsiercst Hannuue Tpunentuaa ESK
(TIIOTaMIHOBASI KMCIIOTA, CEPHH, JTM3HH) B TOMEOJJOMEHE Ha
N-xonne JIHK-pacno3natomie cnupany, KOTOPbIA y OCTallb-
HBIX OEJIKOB CEMEHCTBa MPE/ICTAaBIICH C 3aMEHOH ceprHa Ha
mmunyH, T.e. TpunentuaoM EGK (Nardmann, Werr, 2012)
(don. marepuans 11). Cuuraercs, uro reust WUS u WOX5
MUMEIOT MOHO(DMIIETHYECKOE IIPOUCXOXKICHNE, U UX (PYHKIIO-
HaJIbHOE Pa3/ieIeHNe Ha9an0Ch Y IPEBHNUX ITOKPHITOCEMEHHBIX
(Nardmann et al., 2009). OxHako 0 IaTbHEHIICH YBONIONUN
WOX35 y nUBeTKOBBIX pacT€HHH H3BECTHO HEMHOTOE.

VY A. thaliana ren WOX5 sxcripeccupyeTcs B KJIETKax T10-
kosterocst neHTpa AM kopust (Haecker et al., 2004) ([om.
matepuansl 2). Crnenupuueckas sxcupeccus WOXS5 Bo
MHOTOM ONpenesseT opranusyomue coiictsa I111. B act-
HOCTH, OBIIO TTOKA3aHO, YTO MY TALIMH, TIPHUBO/IAIINE K TOTEPE
¢dynxuun WOXS y A. thaliana, BHI3BIBAIOT TEPMUHAIIBHYIO
T GepeHITMPOBKY CTBOJIOBBIX KIETOK Komymelutel (Sarkar
et al., 2007). Cepxakcnpeccuss WOX5, HanipoTuB, OIOKUPY-
€T HOPMaJIbHYI0 TU(GGEPEHIIUPOBKY TOTOMKOB CTBOJIOBBIX
KJIETOK, YTO TPUBOIUT K MOSBICHUIO HOBOTO MyJa KIJIETOK,
MOAOOHBIX CTBOJIOBBIM. BakHyI0 poJib B 3TOH peryisuu
UTpaeT MEXKIETOUHas MOOMIBHOCT Oeka WOXS, koTopblit
murpupyer u3 kietok 111 B mpuierarommue k HEeMy CTBOJIOBBIE
kietku (Pi et al., 2015).

Ienp Hamieit paboThI — BBISIBJICHUE OCOOCHHOCTEH BOJIIO-
un reHa WOX5 1 MexaHn3MOB ero ()yHKIIMOHWPOBAaHUS Ha
OCHOBAHUM aHAIN3a JAHHBIX, OMyOIMKOBAHHBIX B CTAThAX
WJIN TIPE/ICTAaBICHHBIX B MH()OPMAIIMOHHBIX pecypcax 1o Hy-
KJICOTHIHBIM 1 OEJIKOBBIM IOCIIEIOBATENFHOCTAM. Onncanne
naTTepHa M PEryisnuu dKkcnpeccun rena WOXS5, ero mpouc-
XOXKJICHUS, & TAKIKE BO3MOXKHBIX MEXaHU3MOB €ro (pyHKIHO-
HHUPOBAHUS TTOJYy4YEHO C TOMOMIBIO HHTETPAIIMN HH(OPMAINT
13 BCEX aHDIIOSI3BIYHBIX ITyOIHKaIuii 6a3sl aHHBIX PubMed,
Kacarouuxcsi rena WOXS5 u ero GenkoBoro nponykra. Jlis
(bMITOTEHETHYIECKOTO aHAIN3a AMHHOKHCIIOTHBIX TTOCJIE/I0Ba-
TenpHOCTEN opronoroB WOXS Obn BBIOpaHBI BCE TTOCIIEN0-
BareJIbHOCTH U3 0a3 naHHbIX Protein database (www.ncbi.nlm.

1 [ononHuTenbHble MaTepuanbl cM. B [MpunoxeHun 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/),
agHOTHpOoBaHHBIe Kak WOXS5 i WOX5-like n comepxarie
cnemudraeckuit a1 WOXS tpunentun ESK B romeomgome-
He (cMm. Jlon. marepuainsl 1). Vckirouenue ObLIO cueaHo
JUTA TIocnieioBaTenbHocTel U3 Picea abies n Pinus pinaster,
comepykammx B romeonoMeHe tpunentun EGK, mcxoms u3
MPEANONIOKEHUs 0 Jyruinkanuu npooproiaora WUS/WOXS
y ronocemeHHbIX (Hedman et al., 2013). ITocnemoBarens-
HOCTb runorernyeckoro oeiaxa WOXS-1 mnayna (Selaginella
moellendorffii) BeicTymnasa B Ka4eCTBE BHEIIHEH rpyibl. Jis
aHaJIM3a MPOMOTOPHBIX oOyacTei opromoroB WOXS5 Obutn
WCIIOJB30BAaHKI BCE JOCTYIHBIC B 0aze maHHbIX GeneBank
HYKJICOTHJIHBIC MOCIICIOBATEIILHOCTU 5'-PEry/ISITOPHBIX 00-
nacteit reHoB WOX5. AHanu3 HyKJICOTHAHBIX 1 aMHHOKHC-
JIOTHBIX TIOCTIEIOBATEIFHOCTEH OCYIIECTBIIIN C MTIOMOIIBIO
JIOCTYIHBIX OMOMH(OPMATUYECKUX HHCTPYMEHTOB.

OunoreHna WOX5

B ¢unorenernueckom nepese 6enkoB cemeiricta WOX Mox-
HO BBIICTIUTH TPHU 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 PaCTEHM, a IPEBHSS BKIIIOYAET [OCIIeI0BaTEb-
HOCTH C BBICOKOI TOMOJIOTHEN C T€HaMHU M3 3€JIEHBIX BOJO-
pocneit u mxa (Nardmann et al., 2009; Lian et al., 2014). [To-
cnegoBarerabHoCcTH WUS 1 WOXS 0THOCAT K COBpEeMEHHON
KJ1a/ie, NX OPTOJIOTH OOHAPYKUBAIOTCS Y IIBETKOBBIX PACTCHUH
n npencrasureseii ronocemennsix (Hedman et al., 2013),
OJIHAKO TUIIOTETHYECKHE NpeKoBbIie (opMbl WUS BBISBILS-
IOTCS TaKOKe Y HEKOTOPHIX manmopoTHukoB (Nardmann, Werr,
2012). Tem He MeHee TTIPOUCXOXK/ICHHUE M IPOCTPAHCTBEHHOE
paszaenenue pynkuuit WUS u WOXS B niporiecce 3BOJOIMA
HYKJAI0TCsI B JaJbHEHIIIEM HCCIIEI0BAHUH.

Panee npeanonaranocs, uro renst WUS u WOX)5 cymectBo-
BaJIM y TOJOCEMEHHBIX B BUJIE €INHOIO MPE/IIECTBEHHNKA,
a B JAJIbHEHIIIEM Y MOKPBITOCEMEHHBIX MPOU3OIIIN €T0 Iy-
ruKarys 1 pasaenenne 6enxoB WUS u WOXS o dyskmsm
(Nardmann et al., 2009). OnHako HeITaBHO TOMOJIOTH 000HX
TEHOB OBLIN OOHAPYKEHBI Y HPEICTABUTENSI TOJIOCEMEHHBIX
Picea abies (Hedman et al., 2013), 94T0 CBHIETEILCTBYET
0 OoJiee paHHEM, YeM IPEJII0IIarajoCh, IPOUCXOXKICHUH I'eHa
WOXS5. Bo3amoxkHO, (DyHKIIMOHAIbHAS TUBEPTCHINS TCHOB
WUS n WOX5 cBOICTBEHHAa HMEHHO MOKPBITOCEMEHHBIM,
nockonbKy y P abies WOXS5 skcnpeccupyercst B KOHUMKAX
Kak KOpHEH, TaK 1 TI0OETOB.

B renomax HEKOTOPBIX MOJUILIOUAHBIX BUJIOB TeH WOX5
MpEJICTAaBIeH HECKOJbKMUMH napajoramMu. Tak, B TeHOMeE
TEKCAIUIONIHOM MIIEeHULb! Triticum aestivum NPUCYTCTBYIOT
Tpu romosnorndnsle konun WOXS5 — TaWOX5a, TaWOX5b
u TaWOX5¢ — ¢ nmuaamu 639, 630 1 633 H. 11. COOTBETCTBEH-
HO (Zhao et al., 2014). IlaTTepHBI SKCIPECCUH TTaPaJIOTOB,
a TaKx)ke aMUHOKHCIIOTHBIC MOCIIEIOBATEIBHOCTH UX TPO-
JTYKTOB ITPAaKTHYECKU HJCHTUYHBI, YTO, BEPOSITHO, CBU/ICTEb-
CTBYET O (DYHKIIOHAJIbHON SKBUBAJIEHTHOCTH 3THUX OEIIKOB.
B renome kykypy3ssl (Zea mays), IpeBHETO CErMEHTHOTO
ammorerpamionaa (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-
MINX K HEMY HHUIAAIAX KJIETOK COCYHCTON CHCTEMBI, TOTIa
kak ZmWOX5A skcnpeccupyeTcsl B paHHEM JHJOCHEpME
U B 3apofbIIeBOM Kopelike B 4—6-m cnosx mox I1L] mocne
WHHIMAINN B 3aPOJbIIIE IPUMOPIHS epBoro jucta. Mexoms
13 0COOEHHOCTEN SKCIPECCHH, MOYKHO ITPEAIIOIOKHUTD, YTO
ZmWOXS5B sBnsiercst 6oiiee OIM3KUM MapaioroM KaHOHHYe-
ckux WOX5 npyrux BumoB, a ZmWOX5A nprnoOpen HeKyIo
HoOByI0 (yHKIUI0. OOpa3oBanue Z. mays Kak ajjaoTeTpa-
iouaa npousonuio 6omnee 11 mun et Hazaz (Haider, 2013),
¥ 3TOTO MEPHO/Ia BPEMEHH 0Ka3aJ0Ch JOCTATOYHO ISl TOTO,
4yTo0BI Mapanoru ZmWOX5A n ZmWOX5B nuBeprupoBaiu
B (DYHKIIMOHAJILHOM IUIAHE.

JuBeprenmus mocnenoBarensHocteir WOXS5 mpoucxonuna,
Cyllsl TIO BCEMY, Ha PaHHHUX 3Tarax SBOJIOIHMH IBETKOBBIX
pacteHuil. OUIOreHETUYECKUN aHAIU3 HYKJICOTUIHBIX II0-
cieoBaTeNnbHOCTEH OpTOIoroB WOX5 U3 BOCBMH pa3HBIX
BUJIOB (apabM/oIICHC, MIIEHUI, KyKypy3a, PUc, cosl, BUHO-
rpaji, ropoueK 1 HuMdes) IO3BOJIMII CAEIaTh BBIBOJ O TOM,
4yTO TeHBl WOX5 ONHOMONBHBIX W IBYHOIHHBIX PACTEHUU
CYIIECTBEHHO OTIMYAIOTCS: OONBIION palioH HyKJICOTHTHOH
MOCJIEIOBATENLHOCTH MKy ToMeoomeHoM 1 WUS-00kcoM,
CBOMCTBEHHBIH OIHOJOJIBHBIM, y JIBYJOJBHBIX OTCYTCTBYET
(Zhao et al., 2014). DT0 MO3BOMWIO BBICKA3aTh MPEIIIO-
JoKeHue, 4To TeHbl WOX5 nuBeprupoBail BMECTE C pas-
JICICHUEM TIOKPHITOCEMEHHBIX PACTEHUH Ha OIHOAOJIbHBIC
W IBYZOJIbHBIE. BO3MOXHO, UTO TaHHAS TUBEPTEHINS UMEET
OTHOIICHHUE K PA3HUIIE B CTPOCHUH KOPHEBOI CHCTEMBI y 3THX
TAKCOHOMUYECKUX KJIACCOB H CBSI3aHHBIM C 3TUM Pa3IndnsIM
B ¢yHkunonuposannn WOXS.

Me1 noarBepanin nuBepreHiuio WOXS y omHOI0TBHBIX
U IBYIONTBHBIX, BBIBIECHHYIO paHee (Zhao et al., 2014) Ha
Gosee pacIIMPEeHHOM CIIUCKe 62 aMMHOKHCIIOTHBIX ITOCTIE0-
BarenbHOcTel Oenka WOXS 58 Bumos pacrenutii (puc. 1; Jlor.
marepuaisl 3). Hapsiny ¢ 3TuM Mbl BBISIBHIIM 3HAYNMBbIE PA3IIn-
YHS MEXK/Ly aMHHOKHCIIOTHBIMH [TOCIIEI0BATEIILHOCTSIMHU OeI-
ka WOXS5 y ro10CeMEHHBIX ¥ ITOKPBITOCEMEHHbIX PACTCHHH.
TakuMm pazziesieHIeM Ha TOJIOCEMEHHBIE M TOKPBITOCEMEHHBIE
W TTOCTIEZIHUX Ha OIHO/IOJIbHBIE 1 IBY/IOJIbHBIE (DHIIOTCHEeTHYe-
CKO€ JIePEBO aMHHOKHCIIOTHBIX IIOCIIE/I0BATENIbHOCTEN OCITKOB
WOXS B menom oTpaskaeT BONIOIHIO TAKCOHOB PaCTEHUI.
HUckmtouenneM siBnsiercst pacnonoxenre WOXS HEKOTOPBIX
BUJIOB, HE COOTBETCTBYIOIIEE IBOJIOIMOHHOMY MOPAIKY HX
TAaKCOHOB, YTO MOXET CBHJETEIHCTBOBATH O CIEIM(PUIHON
CTPYKTYPE MEPHUCTEMBI X KOPHSI.

BazanpHBIE TOKPBITOCEMEHHBIE aMOopesIa BOJIOCHCTO-
HOXKOBast (Amborella trichopoda) n xyBmmHKa (Nymphaea
Jjamesoniana) Ha 1epeBe PacloIOKIIIICh BBIIIE Pa3IeleHUs
OJIHOJIOJIBHBIX M JIBYAOJIBHBIX, IPU 3TOM HE 00pasys elnHOi
knazael. Takoe cTpoeHHe (UIOTEHETHYECKOTO JIepeBa Io-
BTOPSIET PE3YJIbTAThl paHee MPOBEICHHBIX TAKCOHOMHYECKUX
MCCJICIOBAHUI TPYIITbI 0a3aJIbHBIX MOKPBHITOCEMEHHBIX, OC-
HOBaHHBIX Ha aHAJIN3€ HECKOJIbKUX T€HOB U3 ACPHBIX, ILIa-
CTHIHBIX 1 MUTOXOHIpHAIbHBIX TeHOMOB (Qiu et al., 2005).

Awup OonotHbll (Acorus calamus) npuHaUICKUT K Oa-
3aJIbHBIM OHOMONIBHEIM (Duvall, 1993). Ha sBomonmoHHOM
nepese WOXS, nocTpoeHHOM HaMHU, 3TOT BUJI JIOKAJIU3YeTCs
YyTh BBIIIE 0a3aIbHBIX MOKPBITOCEMEHHBIX, 10 Pa3AeiIeHUs
OIHOIOJIBHBIX U ABY/IONBHBIX, YTO COOTBETCTBYET €T0 HBOITIO-
IIMOHHOI nctopun. Kak u 6a3abHbIe HOKPBITOCEMEHHBIE, aup
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73y Arachis duranensis
7241 Arachis ipaensis
Glycine soja

Cucumis sativus

4] 96l Cucumis melo
Sesamum indicum
Erythranthe guttata
Ziziphus jujuba

8_| Solanum lycopersicum

o

0 86 Capsicum annuum
Solanum tuberosum
Morus notabilis
Nicotiana sylvestris
Nicotiana tomentosiformis
Nicotiana tabacum
I Eucalyptus grandis
Gossypium raimondii
Gossypium hirsutum
89] Populus tomentosa WOX5b
Populus tomentosa WOX5a
Glycine max }

Cemencteo
Fabaceae

34 Vigna radiata
Cajanus cajan
Fragaria vesca
Theobroma cacao
I Daucus carota

_,—Zostera marina
48! Nelumbo nucifera

Beta vulgaris
3 Z“_LPisum sativum
54L— Cicer arietinum

Tarenaya hassleriana
Raphanus sativus
Brassica rapa

Arabidopsis thaliana

Arabidopsis lyrata

Camelina sativa

Brassica napus

Brassica oleracea

37 Zea mays Wox5A

Brachypodium distachyon

— Triticum monococcum

L Aegilops sharonensis

- Triticum turgidum subsp. durum

Zea mays Wox5B

Oryza sativa

23 Triticum aestivum WOX5c¢

Triticum aestivum WOX5a

Triticum aestivum WOX5b

Triticum urartu

Triticum dicoccon

1 Aegilops searsii

Aegilops longissima

Aegilops tauschii

Aegilops speltoides

Aegilops bicornis J

Acorus calamus

(%

%0 Mopsapok Brassicales

1o
o

CemelictBo
Poaceae

~
N

'— Nymphaea jamesoniana
Amborella trichopoda

— Pinus pinaster

L Picea abies

] Bba3anbHble NOKpbITOCEMEHHbIE

} [onocemeHHble

Selaginella moellendorffii

Puc. 1. OunoreHetnyeckoe aepeso 6enkos WOXS5.

[lepeBo NOCTPOEHO C MOMOLLbIO MeTOfa MaKCUManbHOro npasfonoaobus B nporpamme MEGA7
(6yTcTpan-nopaepxka 1000 ntepauyuii), Bbibopka BbipoBHeHa no metogy ClustalW (Kumar et al.,, 2016).
[InnHa Kaxx ot BETBM COOTBETCTBYET KONMYECTBY 3aMeH B UCCNIEAYEMOIi NOCNeoBaTeNbHOCTU. Bcero
6b1710 NPOaHaNU3NpPOBaHO 62 NOCNeA0BaTENbHOCTY aMUHOKMCIOT 58 BUAOB pacTeHuii (flon. matepua-
nbl 3). Mo3nymp, B KOTOPbIX 6bI1 NPOMYCK aMUHOKUCIOT NPW BbIPaBHUBAHMM, NPV NOCTPOEHUN iepeBa
He yumnTbIBaNNCh. BbigeneHbl Knagbl ¢ 6yTCTpanom Bbille 6o paBHbIM 50. MocnefoBaTeNbHOCTb rMnoTe-
Tryeckoro 6enka WOX5-1 nnayHa (Selaginella moellendorffii) ncnonb3oBanu B KauecTBe BHELLHEN rpynrbl.
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BCE eIIle COBMEIIAacT B CBOeH MOp(hoiio-
MM 1 aHATOMHUH PU3HAKH 000HX KJIac-
coB. B anukanbHON MepuctemMe KOpHs
aupa CJIoH smuaepMIca oopa3yeTcs u3
nepru)epUIECKUX KICTOK KOPTEKCa, YTO
XapaKTepHO ISl OHOMOJBHEBIX, B TO
BpeMsl Kak 00pa30BaHUE MPHUIATOYHBII
KOpHEH y 3TOT0 BHAA CXOIHO C TaKo-
BEIM y 0a3aJIbHBIX TIOKPHITOCEMECHHBIX.
W3 3toro cienyer, 4To MO CTPOCHHIO
KOpPHSI aup ¥ KyBIIMHKA OJIMKE IPYT
K JPYTY, 9eM K JPYTHM OTHOAOIEHBIM U
JIBYIIOJIBHBIM COOTBETCTBEHHO (Soukup
et al., 2005). U3BectHO, uTo WOXS siB-
JISIETCSI OHUM W3 KITFOYEBBIX (PaKTOPOB,
ONPEICISIONINX PAa3BUTHE CTPOCHHUS
KOPHSI, U 3TO MOXET OOBSCHITH MOJY-
YeHHOe HaMHu pacrionoxenne AcWOXS5
Ha (IJIOTCHETHYECKOM JICPEeBe.

benku WOXS omHONONBHBIX, MPE-
CTaBIICHHBIX BHJaMH W3 CeMeiicTBa
3JIAKOBBIX, 00BEAUHILTICE B OIHY KIIATy.
Kak ymoMuHaaoCh BBIIIE, B TCHOME
KyKypy3bl (Z. mays) eCTh JiBa Imapaiora
WOX5: WOX54 u WOX5B (Nardmann
etal.,2007). B xane cemericTpa 31aKko-
BBIX aMHHOKHCIIOTHBIX 3aMEH OOJbIIe
Bcero HakoruieHO B Oenke WOXSA
KyKypy3bl. 1o XxapakTepy SKCIpeccuu
u pyakmsam WOXSB 6mmke k WOXS
Ipyrux BujaoB, ueM Kk WOXSA, 4to
U OTpakaeT Pe3yybTaT MOCTPOCHHS
¢unorenernaeckoro gaepera. WOX5
eIlle OJTHOTO OJHOIOJBHOTO PacTCHUS,
B3MOPHHKA MOPCKOTO (Zostera marina),
HEOKHUIAHHO PACIOJIOKHUICS B KIIane
IBYNONBHBIX. CleyeT OTMETHTb, YTO
B3MOPHUK pacTeT B MOPCKOW BOJE
(Olsen et al., 2016), m BO3MOXHO,
ajanTanus K TaKUM CIHCHH(PHUICCKIM
YCIIOBHSIM OOWTaHHS MPHUBEIA K BO3-
HUKHOBEHHIO OTIINYHI B CTPYKTYpe KOp-
Hs 1 pyHKImsaXx WOXS storo pacteHus..
OtMmeruM, uTo WOX5 B3MOpHHKaA
MOPCKOTO Ha JIepeBe HaXOANUTCS OITH3KO
¢ nociiegoBaresibHOCTEI0 WOXS ntoto-
ca opexoHocHoro (Nelumbo nucifera),
KOTOPBIA TOXE SBISIETCS BOJHBIM (HO
B TOM CIIy4ae IPECHOBOIHBIM) pacTe-
HueMm. M3BeCTHO, YTO BOHBIC TOKPHITO-
CEMCHHBIC JINIIICHBI KOPHEBOTO YEXJTNKA
(ITorutasckas, 1971; Kita, Kato, 2005).
Ora cnennduka B pa3BUTHH KOPHS MO-
KeT OBITh CBs3aHA C 0COOCHHOCTIMHU
¢yakuonuposanuss WOXS u orpa-
JKaThCS Ha €r0 CTPYKTYpE.

B Gonpmioit kiage AByTONBHBIX BbI-
JeIsIeTCsl CyOKIIaaa ceMeHCcTBa KpecTo-
LBETHBIX, 00beauHuBIIas 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
NPUHAUISKUT mopsiiky Brassicales, Bkirodaromemy Takxke
ceMeicTBO KpecTouBeTHHIX (Brassicaceae), uto u 00bsCHIET
6mm3octe ThWOXS 1 WOXS kpecTolBeTHBIX Ha (prstorene-
THYECKOM JIEpEBE.

MOoXHO 3aMeTUTh, 9TO 0000BBIE HE 00pa30BaIH €AUHON
KJIaJbl Ha JIepeBe, & PACHONOKHINCH B PA3HBIX €TI0 YacCTsIX.
I[Tpu 5Tom Genxkrt WOXS u3 1ByX TeHOMOB COM, TIMKOPACTYIIICH
(Glycine soja) n oxynsTypennoii (Glycine max), okazainch
B pa3HbIX Kiagax. Bo3MoXHas NMpUYHMHA TaKOTO CTPOEHUS
B TOM, YTO F€HOMBI JJAHHBIX PACTEHUH UMEIOT 3HAYUTEIIbHBIE
OTJINYHSL, BRI3BAHHBIE CEJIEKIIHEH B ITPOIIECCE TOMECTHKAIINN
OKYJIBTYPEHHOU COU, — CPAaBHEHHE UX T€HOMOB BBISIBUIIO 425
YHUKaJIbHBIX TeHOB (13 HUX 12 xoaupyiotr T®), xoTopsie
MIPHUCYTCTBYIOT B BO3JIEJIBIBAEMOM COE, HO OTCYTCTBYIOT B JTH-
kopactymieii (Joshi et al., 2013).

Ounorenus 6enka WOXS B OCHOBHOM MOBTOPSICT (HHUITO-
TeHHIO TAKCOHOB PACTEHHA, MCKIIIOYEHNE MOTYT COCTABIIATh
BUJIBI CO CIIEIIMAIBbHON Mopdosorneit KopHsl, aaanTupoBaH-
HOH K OIpEeeICHHBIM YCIOBHSM Cpebl (HanpuMep, BOTHbIE
pacTeHmus).

NaTtTepH akcnpeccun WOX5 y apabugoncuca
nero (I)yHKLI,I/II/I B OHTOreHese
Bo B3pociix pacrenusix A. thaliana WOXS5 skctipeccupy-
ercs B 11 anukanbHON MEpUCTEMBI KOPHS, OTKYa IIPOLYKT
9TOTO TeHa MUTPHUpYeT B MHUIHANA Koxymerntsl (Haecker et
al., 2004; Pi et al., 2015). B 3apomsimax skcrpeccus WOXS5
nHunuupyercs npu npenerepmunanuu I, 1.e. B npexaue-
ctBenHukax kietok I1Il. Haummaercs sxcupeccus WOXS
B O/IHOKJIETOYHOMU TrUroduse Ha 32-KICTOUYHOH TII00YIISIpHOM
craauu 3apoabiiia (cM. [lomn. matepuadst 4). [locne ropuszoH-
TANBHOTO JeTICHHUS KIIETKH THohu3sl WOX5 sKcTipeccHs mpo-
noipkaercst B Oonree 6mm3koM rpeatectseHauke [111, Bepxueit
JIMH3000pa3HOM KIIETKE TUITO(H3bI, K NCUE3ACT B €€ TOUCPHEH
KJIETKe, TPEAIICCTBEHHHUIIE KJIETOK KoyMeIuts (Scheres et al.,
1994; Haecker et al., 2004). I1L] momHOCTBRIO (pOopMUpyeTCS
Ha CEepJCYKOBHIHOM CTa/JMK 3apojiblllia B pe3yibrare JBYX
IIUKJIOB JIeIEHUH BepXHeH TMH3000pa3zHoi KieTku, u WOX5
IKCTIPECCUPYETCS BO BCEX €T0 YETHIPEX KIICTKAX.
Dkcnpeccust WOX5, B IepByO ouepeilb, HCOOX0IUMa ISt
MOA/IEPKaHUS CTBOJIOBOTO COCTOSTHHS KJIETOK MHHUIMANEH
komymesntel 1 T, Tak kak B ee OTCYTCTBHE B TPOPOCTKAX
HYJIEBbIX MYTAaHTOB wox35 BCce TKaHHU 3apOAbINICBOIO KOpHA
(hYHKIIMOHUPYIOT HOPMaJbHO, 3a HckmoderneM 111 u ko-
JyMEJUTBI, KJIETKH KOTOPBIX IPU CO3PEBAHHMH 3apOJbIlIa
U JlaJiee MpH ero MpopacTaHny AU PepeHUPYIOTCS U MOTYT
3HAYNTENFHO YBEITMUMBAThCS B pa3Mepax (Sarkar et al., 2007;
Forzani et al., 2014). Kpome Toro, y 3peibIx 3apopbIiei
WOX5 MyT@HTOB YaCTO MMEIOTCSI TPH CJIOSI KOJTYMEJLTBI BMECTO
yeTeIpex B HoOpMe (80 % 3apoapliieil), y HEKOTOPBIX KIETOK
KOJIyMEJIJTBI He ITPOMCXOANT IIUTOKMHE3, OHN 3aHUMAIOT J[Ba
cios (92 % 3apoapllieii), 3HAYUTEIBHO YBEITUYEHO YHCIO
ketognbIx 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. CinenosarensHo, WOXS koHTpommpyeT
YHCIIO KJICTOK B KOJTyMmesule (Ha cTaguu ee (pOpMHUPOBAHUS
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B 3apogpblie), yucio aeieHudt B 11 n noanepxkanue 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 SNHIepMuca/ GOKOBOTO KOPHEBOTO
YexJIMKa, pa3BUBAIOTCS TaK JKe, Kak B qukoM turne (Sarkar et
al., 2007). Ograko n06aBIeHNE My TaIlMHA WOX) K OMTUHOYHBIM
MyTaHTaM scr-4 u shr-1 v x 1BoiiHOMY plt] plt2 npuBoanT
K quddepeHIMpoBKe IPOKCUMAIBHBIX CTBOJOBBIX KIIETOK,
YTO MO3BOJIIET MpEIIoiaraTs, uto rensl WOX5, SCR, SHR,
PLTI v PLT2 cOBMECTHO U B3aIMO3aMEHSIEMO KOHTPOIUPYIOT
nojiepKaHKe IMyJia MPOKCUMANIBHBIX CTBOJIOBBIX KJIETOK.

WOX5 sxcipeccupyeTcs TakKe C IEPBBIX CTaAnH 3aKIaIKi
MPUMOpPJMEB OOKOBBIX M NMPHIATOYHBIX KOPHEH, MApKHUPYs
npeamecTBeHHNKOB KieTok [11] B atux xopusx (Ditengou et
al., 2008; Della Rovere et al., 2013). Tem He MeHee OOKOBBIE
W TIPUJIATOYHBIE KOPHHU 00pasyloTcsi B Wox5 MyTaHTax, HO
C MEHbIIIel MHTEHCUBHOCTBIO, YeM B JukoM tune (Gonzali
et al., 2005; Tian et al., 2014a). ¥ wox5 myTanToB B OOKO-
BBIX KOPHSIX TaK e, KaK ¥ B IEPBUYHOM KOPHE, TPOUCXOANUT
npexaeBpemennas nudpdepenuuponka [ n nHMIManei
komymerutel (Tian et al., 2014a).

Hapsany c IIL[ WOX5 skcnpeccupyeTcsa B 3apOjbllle
B IPUMOPAHUAX CEMSJOJIEH, TIe HAUMHAsL C CEPACUKOBUIHON
CTaJ1H OH BBISBIISIETCA B TPYIIaX KIETOK, PACTIOIOKEHHBIX
B TOUYKax (DOPMHUPOBAHUS B COCYIUCTON CUCTEME CeMsI0NIeH
narepanbHbIX kuiok (Haecker et al., 2004). Dkcnpeccust
JOCTHTaeT MaKCUMyMa Ha TI03/IHEH CepAeIKOBUIHON CTaAnu
3apojIbIIla, BCE €IIe XOPOIIO PErucTpUpyeTcs: Ha TOpPIEo-
00pa3HOM cTaJuK U 3aTeM CHWKaeTcsi. B mousb3y Toro, 4ro
WOXS napsny ¢ popMupoBaHHEM MEPHCTEMBI KOPHS yda-
CTBYET TaKke B ()OPMUPOBAHUH CEMSIOJICH M MEPHUCTEMBI
no6era, roBOPUT TOT (paKT, YTO y YETBEPTHBIX MyTAHTOB WOX |
wox2 wox3 wox5 TIPOPOCTKH UMEIOT aHOMAJIUH Pa3BUTHS
cemsiioeld M MepucTeMsl nobera y 82 % pacrenuii (oxHa
CeMsJI0NIsI BMECTO JIBYX, IaJOYKOOOpa3HbIi BHIPOCT Ha Me-
cte AM u cems107ei M MOTHOE OTCYTCTBHE Tobera y 34, 30
n 18 % pacrennii coorBercTBeHHO) (Breuninger et al., 2008).
[Tpu TOM B pazBuTHH 100era, Cys 110 BCEMY, TPAKTHUECKH
PaBHO3HAYHO M B3aUMO3aMEHSAEMO yYacTBYIOT BCE UETHIPE
WOX rena, Tak KaK B OIMHOYHBIX MyTaHTAaX aHOMAJINH TIO-
6era nNposBIIAIOTCS TOJIBKO B HATMYMU OJHOM ceMsanonny 7 %
(wox2) u 2 % (wox3) 3apopplmeii; B JBOWHBIX M TPOWHBIX
MyTaHTaX yBEJIMUYCHHUE IIPOIICHTA 3apOABIIICH C OTHOI ceMsi-
JIoJIeH TPOUCXOAUT TOJIBKO B ciydasx wox2 wox3 (12 %)
u woxI wox2 wox3 (31 %).

WOX5 sxcripeccrpyeTcs TAKKe B 3pEJIOH MbUIBLE U B MbLIb-
LeBbIX TpyOKax npu ee npopacranuu (Dorantes-Acosta,
Vielle-Calzada, 2006). Dxcripeccuss WOX5 B maHHOM ciydae
HeoOXomMa JJ1sl HOPMAJIBHOTO MTPOPACTAHMS TTBUTBIIBI.

Bo Bpemst nHUIMAIMK 1 00pa30BaHMsl KaJllyca U3 pa3jiny-
HBIX 3KCIIIAHTOB apabuioricrca (KOpHEH, JINCTHEB, JIETIECTKOB,
CeMsIIoNeH) IIPONCXOANT ycuieHue skcpeccunt WOX5 napsi-
ny ¢ npyrumu renamu HCK kopHst 1 ayKCHH-aKTHBUPYEMbIMU
reramu (Sugimoto et al., 2010). [Ipu 3ToM akTUBaIMSA 3THUX
TEHOB IIPOUCXOJIMT 32 CUET SMUTEHETHUECKOTO PETPOT PAMMH-
pOBaHusI, T. €. MyTEM CHSTHS TUIIEPMETHIMPOBAHUS TUCTOHA
H3 mo Lys27 (H3K27me3) B ux npomoropax (He et al.,
2012). Otu u npyrue uccnenosanus (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 00pa30BaHMs KaJITyca, 9TO BKIFOIAET aK-
TUBaLMIO dKkcnpeccun WOXS. [Ipyrumu ciioBaMu, aKTUBALIUsS
skcrpeccun WOXS5 u npyrux renos HCK kopHst HeoOxoanMa
JUTSl MTHAYKITUH TUTFOPUTIOTEHTHOCTH M PETTPOT PAMMHPOBAHUS
kierok. Kak yxe ynomuHanocs Bbie, WOX5 HaunHaeT
9KCTIPECCUPOBATHCS C TEPBBIX AETICHUN KICTKH OCHOBATEJIS
(founder cell) matepansnoro xopus (Ditengou et al., 2008).
[Ipn 006paboTKe HUTOKMHUHOM MHUIHMAIMS MEPUCTEMBI I10-
Oera n camoro nodera BO3MO)KHA HAIPSIMYIO M3 TIPUMOPJIHSI
0GOKOBOTO KOpHS 0€3 MTPOMEKYTOIHOH CTaaNN KaJTycooOpa-
3oanust (Chatfield et al., 2013). Oxcnipeccust WOX5 napsiny
¢ apyrumu reramu HCK kopHst MOXeT ObITh MapKepoM co-
CTOSIHUS TUTIOPUIIOTEHTHOCTH, TaK KaK IPH TIEPEHOCE KIETOK
Ha cpefbl CO CIELHalbHBIM COCTABOM T'OPMOHOB MOXKHO
OCYIIECTBUTh PEreHepalnio Kak MoOeroB, Tak U KOPHEH.

MatTepH akcnpeccun WOX5
y Apyrnx BUAOB pacTeHnn
Kak n y apabunoncuca, sxcipeccus WOX5 B 11 otmeuanach
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 xyKypy3sl
(Z. mays) (Nardmann et al., 2007). ¥V monepHsl, puca, KyKy-
py3bl dkcmpeccust WOXS5 Oblna Takke OMucaHa B KIETKaX-
npemmecTBenHnkax 1111 B 3apomsime (Kamiya et al., 2003;
Imin et al., 2007; Nardmann et al., 2007; Chen et al., 2009).

VY pactenuii u3 cemetrictea 6000BbIX, M. truncatulau P. sa-
tivum, WOX5 Takxe dKCIpeCcCUpPYeTCs TPH Pa3BUTHH CHM-
OMOTHUYECKNX a30T(PHUKCUPYIOMINX KIyOEHBKOB, y4acTBYs,
KaK W MpH KaJulycooOpa3oBaHUM, B PEIPOrPaMMHUPOBAHUH
kieTouHoit nudpdepenauposku (Osipova et al., 2012). Ha
3—4-ii neHsb nocie HHIYKIUM 00pa3zoBanus KiryoeHska WOX5
TPAHCKPUIT BUJICH B caiiTe MHUITHALINH KITyOeHbKa (B HEKOTO-
PBIX KJIETKaX MEPHUINKIIA, SHIO0EPMUCA U KOPTEKCa, PACIIONo-
JKEHHBIX HAIIPOTUB KCHJIEMHBIX 110J110cOB). Taroke HeOOIbIIoN
CHUTHAJI 0OTMEYaeTCs BO BHEITHUX KJIeTKax koprekca. Ha 5—6-it
JICHb 3KCIPECCHS PACTIPOCTPAHSIETCS TT0 BCEMY IPHUMOPANIO
KiyOeHbKa. 3atem 3kcrpeccruss WOXS mocTeneHHo maaaet
u Ha 12—14-ii neHb perucTpupyercst TOJIBKO Ha mepude-
pHUM pa3BUBAIOIINXCS KIyOCHBKOB. B 3penbIx kiryOeHbKax
(21-28 gueit mocne uuaykuun) WOXS5 skcupeccupyercs
TOJIBKO B HECKONBKHX KJIETKaX Ha KOHIIE COCYAHCTOTO IydKa
KiTyOeHbKa. Pa3BuTHE OMyX0Jei pacTeHuii ropoxa, BEI3bIBac-
MBIX OakTepueit Agrobacterium tumefaciens, Taxxe CBSI3aHO
¢ yBenuueHHeM dkcnpeccurn WOXS B KieTKax OMyXOiu
(Vinogradova et al., 2015). Takum o0Gpa3oM, dKcrpeccus
WOXS5 y npyrux BUIIOB, KaK U y apaOuIoIcuca, MOXKeT ObITh
CBs3aHA C pEIpPOrpaMMUPOBAHUEM, T.€. U3SMEHECHUEM IIyTH
TG PepeHITUPOBKA KICTKH.

VYV kykypy3sl ZmWOX5B skcupeccupyeTcsi He TOJIbKO
B I1ll, HO ¥ B MHHMIKAIAX CTEJIM U UX MOTOMKaX, T.¢. B Oa-
3aIbHOM acT cocyauctoit cucteMsl (Nardmann et al., 2007).
B xone ontorenesa skcupeccuss ZmWOX5B HaunHaeTcs
B IICHTpE MIECTUAHEBHOTO 3apo/bliia. J{anee Ha cTaguu pas-
BUTHS KOTHIICIOHOB OMEH dKctipeccru ZmWOX5B cTaHOBUT-
Cs1 OKPY?KEHHBIM CO BCEX CTOPOH JOMEHOM JKCIPECCUH I'eHa
KNOTTEDI. TlpudueM B 00MacTsIX KCIPECCUU ITHX T'€HOB
HeT nepekpriBanus. [locme storo skcmpeccust ZmWOX5B
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tdoxycupyercst B I1L] 1 pacnosoXeHHbIX HaJ HUM Mpe.-
IIECTBEHHUKAX KJIETOK COCYAMCTOW cucTteMbl. ZmWOX5A
9KCTIPECCUPYETCS B paHHEM SHIOCTIEpPME cpasy IOCIIe TOTO,
Kak ero 0a3alibHbIN CJIOW CTAHOBHUTCS KJIETOYHBIM. Jlajee oH
pETUCTPUpPYETCS B CYCIIEH30pe 3apoabImma (B 4—6 CIIOSX O
[T xopemka) rmocine MepBoil cTaaun 00pa30BaHUs JIHCTHEB
(cm. dom. marepuanst 4). B npopoctke ZmWOX5A4 sxcnipec-
CHUpyeTCs B 3MHIEPMHCE KOPHS, KOTOPBIH YJacTByeT B IO-
IJIOIIECHUN HOHOB M3 pr30c(hepsl B KOpeHb. MOXKHO clienarh
BBIBOJI, YTO Y KyKypy3bl opTojior AtWOX5, kakuM sBisieTcs
ZmWOXS5B, nmeet 0oJee pacIIPEHHBIN TOMEH YKCIIPECCHH
1o cpaBHeHUIO ¢ AtWOXS, a ero napanor, ZmWOX54, numeer
CBOI COOCTBEHHBIH crienn(UYecKuil JOMEH DKCIIPECCUH.
Bo Bcex BHIax, B KOTOPBIX HCCIIEA0OBATH dKcIpeccuio WOX3,
oHa Ob1a o6Hapy»xena B 111 (XoTs ObI y OJHOTO U3 TapaJioroB
WOXS5), TeM HE MEHee Y OTAETbHBIX BUI0B SKCIIPECCHUSI MOKET
UMETh crenn(uIecKre 0COOEHHOCTH.

CurHanbHble nNyTy,

perynupytowme skcnpeccuto WOX5

B perynsanuu aktuBHOCTH reHa WOXS5 BBISBIEHO ydyacTue
CUTHAJBHBIX IMyTel ayKCHHA, IUTOKMHUHA U caxapoB. Caxa-
pa B pacCTUTEILHOM MHUpPE TaKK€ UTPAIOT POJIb CUTHAIBHBIX
MOJIEKYJT M, KaK ayKCHH W IUTOKUHWH, KOHTPOJIUPYIOT 3Ha-
YHUTENLHOE YHCIIO MpolieccoB pocta U pa3surus (Lastdrager
etal., 2014).

HawubGonee cinoxHO# siBIsieTcs! TKaHecnennpuaHas 1 J10-
303aBUCUMasl PETYIISLNS ayKCUHOM dKcIipeccuu rena WOX5
(Gongzali et al., 2005; Ding, Friml, 2010). Pacnpenenenne
aykcrHa uMeeT MakcuMmyM B 11 1 mHUIHANAX KOIyMeITh
(Sabatini et al., 1999; Brunoud et al., 2012), B To Bpemst Kak
PHK WOXS5 skcupeccupyercs B 111, HO HE oOHapyxeHa
B MHUINAJISX KOJyMeJuTbl. [Ipy ayKCHHOBOM OTBETE ITPOHCXO-
IUT ferpajaaius oeakos cemeirictBa Aux/IAA (Auxin/Indole
Acetic Acid), cynpeccopoB T® aykcmHOBOTO O0TBeTa (AUuxin
Response Factors, ARFs) (Sauer et al., 2013). B 1L ayxcu-
HOBBI OTBET oniocpenyercs Aux/IAA 6eixom IAA17/AXR3
(Ding, Friml, 2010). Cepxakcnpeccust IAA17/AXR3 ocnabd-
nsier B I11] kak curHaim oTBETa Ha ayKCHH, TaK W SKCIIPECCUI0
WOX35, B To Bpems Kak B axr3 MyTaHTe U s3kcripeccus WOX3,
Y CUTHAJI ayKCHHOBOT'O OTBETA BBIXOAAT 3a npezenst [11] u pe-
THCTPUPYIOTCS TAKXKE B MHUIMAIISX KOpTeKca/3Ha0epMuca
(Tian et al., 2014b). ARF10 u ARF17 B HOpMe noaaBisitoT
skcrpeccuio WOX5 B Koirymerie, Tak Kak Ipu MOAaBICHUN
(ynkmn obonx renoB WOXS5 HaunHaeT TaM ci1abo dKerpec-
cupoBathcs (ipu aToM skcripeccust WOXS B I npoucxonut
Tak ke, kak B mukoM turne) (Ding, Friml, 2010). O6pabotka
pacTeHus SK30TeHHBIM ayKCHHOM B TeYEHHUE 24 9 MOAaBIsIeT
skcrpeccuro WOX5 B npenenax ero qomena (I111) no cia6o
JIETEKTUPYEMOM, HO BBI3BIBAET SKTOMMUYECKYIO SKCIIPECCUIO
B MHUIMAISAX dHJ0JepMuca/KkopTekca. [Ipu Bo3nelcTBUI
AyKCHMHOM B TE€UEHHE TPEX CyTOK 3kcipeccus WOXS5 nonHo-
CTBIO McUe3aeT. B To e Bpems IpH MojaBiIeHUN (yHKINUH
ARF10 u ARF17, HecMOTpsl Ha Takylo K€ JUIMTEIbHOCTh
00pabotku aykcuHoM, B I11] coxpaHseTcst JOCTATOYHO BbI-
pakeHHas skcripeccust WOXS5. Ilpu IMTensHOCTH OTBETa
WOXS5 na aykcuH, 3aHIMArOIIEH CyTKH 1 OoJiee, MOXHO Ipet-
MOJIOXKUTE, uTo WOX)5, ckopee Bcero, He sBJISIETCA NPAMON
MHIIEHBIO ayKCHHOBOTO OTBETA, & PETYINPYETCs] ayKCHHOM
OIIOCPEIOBAHHO.



Systems biology analysis of the WOX5 gene
and its functions in the root stem cell niche

C npyroii CTOpOHBI, IpH MyTauu rema LAX2, xoaupyro-
1Iero 6eJI0K, UMIIOPTUPYOIINi aykcuH B KieTky (Like Auxin
Resistant 2), cHmkatotest ypoBeHs aykcuHa B [1L] u axcripec-
cust rena WOX5 (Zhang et al., 2013). OnHUM 13 BO3MOX-
HBIX OOBSICHEHHH MOXET OBITh CyIIIECTBOBAHHE OIPEICIICH-
HOTO MHTEpBaJa KOHIeHTpanuii aykcuna B 111, mpeBbimenne
UM TOHMXEHHE KOTOPBIX BEACT K CHUIKCHHUIO aKTHBHO-
ctu WOX3S.

Takas crnoxxHast peryasnus aykcuHoM skcnpeccun WOXS5
MOYET MTPOUCXOIUTH U3-3a TOro, 4yTo Oe1ok 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 MMEIOIINH
makcumyM B 111, ouens cnado mposBisercs B [Ty wox5 my-
TaHTOB, MOJYEPKHBas BaxkHYI0 poib WOXS B nmognepkaHuu
Makcumyma aykcusa B III1. IIpu uccienoBanum pacreHui,
MYTaHTHBIX 110 WOX5 uin CBEpXIKCIIPECCHPYIOMINX ATOT TeH,
He ObUTO 0OHApY’KeHO U3MEHEHHH B OKCIIPECCHH T'€HOB KaK J1e-
KOHBIOTAIIH ayKCHHA, TAK U €r0 MOJIIPHOTO TPAHCTIOPTa, B TO
BpeMs KaK ypoBeHb cBoOoHOTO aykcrHa 1 DRS::GUS curnan
OBUTH TTOBBINIEHBI IO CPaBHEHHIO ¢ HOpMOH B 35S:: WOX5-
GR pacTeHMsIX U YMEHBIIIEHBI B Wox) MyTaHTaX. Tak Kak
BiusgHAs WOX5 Ha EeKOHBIOTAINIO ayKCHHA OTMEYECHO HE
ObUTO, TO OBIIO BBICKA3aHO TPEJIIOJIIOKEHHE O TOM, YTO U3-
MEHEHMsI B YPOBHE ayKCHMHa IpU cBepxdkcnpeccuun WOXS5
MOYKHO OOBSICHHUTH TeM, yTo WOXS5 BiauseTr Ha CHHTE3
aykcrHa. B pacteHmsix co cBepxakcnpeccueit WOX5 Obuto
00Hapy’KEHO 3HAYUTEIbHOE yBEIWYECHUE HKCIPECCUH TeHa
YUC, xonupyromero oanH U3 IByX (epMEHTOB OCHOBHOTO
myTH OnocunTesa aykcnna u3 tpunrodana (YUCCA 1), B To
BpeMst Kak red T4A41/WEIS, xonupytomuii ipyroi GepMeHT
sroro myTH (Tryptophan Aminotransferase of Arabidop-
sis 1), He MoKa3aJl OTIIMYUH OT AMKOTO THTA. B TO ke Bpems
ypoBeHb TpaHckpurnuuu 744 1/ WEIS ymenblancs B iBa pa3a
npu cBepxakcnpeccnn IAA17/AXR3 n, Ha000POT, YBEITHIH-
BaJICS B UeThIpe pasa B axr3 mytantax (Tian et al., 2014b).
Pe3ynbTaThl KOMIBIOTEPHOTO MOJICTUPOBAHNUS [TOKA3AIIH, UTO
HaJIMYUe PETYIATOPHOTO KOHTYPA, CBS3bIBAIOIIETO TTOJI0XKH-
TENbHYIO PETYJSIHI0O CUHTE3a ayKCHHA, OCYIIECTBISEMYIO
WOX35, ¢ ero akTuBanueii B OTBET Ha ayKCUH M MHTHOUpOBa-
HHEM OTBETa Ha ayKCHH ¢ moMoibio [4A17/AXR3, Heobxo-
JIIMO U JIOCTaTOYHO JJIsI OAJeP)KaHUsl MAaKCHMyMa ayKCHHa
B KOHYHMKE KOPHSI Y HUILIY JMCTAIBHBIX CTBOJIOBBIX KIICTOK.
ITpu cambIX IEPBBIX TaIax 3aKiIa K OOKOBBIX KOPHEH! TOBBI-
HIEHHBIH yPOBEHb ayKCUHA B KJIETKE-OCHOBATENE IPEIETEPMHU-
uupyer [11] yepe3s akrusaruio sxcrpeccun WOX5 (Ditengou
et al., 2008).

B xopHe nuTOoKMHUH mopasiser dkcnpeccuro WOXS Ha-
psny ¢ skcnpeccueii rena SCR (konupyromniero Td cemelicTpa
GRAS) u renoB-tparcmoptepoB AUX! (Auxin Resistant 1)
n LAX2, npuBHOCAIMX ayKCUH B KieTKy (Zhang et al.,
2013). 3naunTenpHOe nageHue ypoBHs WOXS TpaHckpunTa
HaOromaeTcs MpuMepHo depes 8 4 mocie obpadorku. [Tage-
Hue dKcnpeccnn LAX2 Habnronanock ropasao panbiie. Cre-
JIOBAaTeNbHO, perynsanus sxkcnpeccun WOX5 NUTOKUHUHOM
MOXET OCYIIECTBISTHCA UEPE3 M3MEHEHNE MO/ BIHSHUEM
IIUTOKMHNHA TTOTOKOB ayKCHHA B KOPHE, TaK KaK ()EHOTHII
lax2 myTtanTa xonupyeT (ECHOTHI PACTCHUS MPpU 00pabOTKe
IIUTOKMHIHOM: B HEM CHIDKEHBI dKkcnipeccus WOXS u oTBeT
Ha ayKCUH M yBeIudeHo yncio aeneHnit knerok [, Kpome
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Toro, u3BectHo, 4to SCR akruBupyer WOX)5 (Sarkar et al.,
2007), m perymsnus TATOKUHUHOM WOX5 MOXeT OBITh Takke
onocpenoBana yepe3 SCR.

VY 3apogapliieii apadbugorncuca rnpu norepe GyHKIUH ABYX
WHTHOUTOPOB CUTHAJIBHOTO ITyTH NUTOKWUHWHA, ARR7 wnn
ARRI5, HaOMIODAMHCH SKTOMUICCKOES YCUICHHUE ITUTOKHU-
HUHOBOTO CHTHajla B KJETKax 0a3ajbHOW 4acTh 3apoibliia
U CyIIECTBEHHOE yMEHbIIeHHe dKcrpeccnu WOXS u apyrux
renoB HCK xopust (Muller, Sheen, 2008). ITpn oquHOYHBIX
MYTaLHsIX TIOJJOOHBIX aHOMAJIMI He HAOMIONANIOCh, YTO MOXKET
TOBOPHUTH O B3aMMHOU criocoOHOCTH ARR7 nnmit ARR 15 xom-
MIEHCUPOBATh HEAOCTATOK aKTUBHOCTH JIPYTOTO T'eHa.

Wnnyxmus skcnpeccun WOXS ocymiecTBiseTcs Takxke
TYPaHO30# — IPUPOAHBIM JHCAXapuaI0M, HeMeTaboIu3upye-
MBIM H30MepoM caxapossl (Gonzali, 2005) u, ckopee Bcero,
KaK U MHIYKIHS [IUTOKUHUHOM, OIIOCPEI0BaHA ayKCHHOM.

B perymsun sxcnpeccun WOXS5 urparoT posib CUTHAIb-
HbIC MTyTH ayKCHHA, UTOKWHUHA U APYTUX COCAMHEHU,
HO OCHOBHOW KOMIIOHEHTOM 3TUX CUTHAJIBHBIX IIyTEH, CyIs
0 BCEMY, SIBIISICTCSI PETYNATOPHBIN KOHTYp aykcuH—WOX5
C JI0303aBUCHMBIM M TKaHECTICHU(DUIHBIM KOHTPOJEM ayK-
CcUHOM 3Kcnpeccun WOX5 n oOpaTHOH CBA3bI0, OCHOBAHHON
Ha aktuBar WOXS5 cuHTe3a ayKCHHA.

Perynauua tpaHckpunuun reHa WOX5

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

AnureHeTnyeckue pakTopbl,
BAMAIOLWMe Ha aKcnpeccuio WOX5
B nacrosimiee Bpemst cpen Bcex acmekToB peryisimun WOX5
HanOOJIbIIIee YUCIIO AAHHBIX UMEETCS OTHOCHTEIBHO pery-
JSIEH dKenpeccun WOXS snureHeTH4ecKuMu (hakTopamu.
B sinpe sykapuot renomuas JIHK B komruiekce ¢ ructoHaMu
o6paszyet JJHK-0enKoBbIi KOMIUIEKC (XpOMATHH), CTPYKTypa
KOTOPOTO B ITPOMOTOPE I'€Ha ONpPEeNsieT ero JOCTYIHOCTb
s TO (Clapier, Cairns, 2009). Hapsiiy ¢ MmeTunnpoBaHHeM
n nemernnmposanueM JIHK, Mmomudurkanmy ructoHoB (MeTH-
JMpOBaHue, aleTHINpoBaHue, hochopuiimpoBanme u oopar-
HBIE FIM IIPOIIECCHI ) SIBISIFOTCS] COOBITUSIMHU STIUTEHETHYECKOH
perymsanuu. OCHOBHAsI €IMHHIIA XpOMAaTHHA, HYKJIEOCOMA,
cocrout u3 146-nykneornanoit JJHK, obepHyToii Bokpyr
okToMepa u3 4eTwsipex ructoHoB (H2A, H2B, H3 u H4),
Ka)KIIBIH M3 KOTOPBIX MPE/ICTABIICH B IBYX dK3eMIUIsIpax. Mo-
JurKanms THCTOHOB I0CTATOYHO 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 tpumetmimposansl (me3) (Sharma et al., 2015).
H3K4 n H3K36 meTtniampoBaHbI B IPOMOTOpPAX aKTHBHBIX
TeHOB, B TO BpeMs kak MetunupoBanne H3K9 u H3K27 xa-
leHeTuKa pa3BuTnA
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Ta6nuua 1. DakTopbl, OKasblBaOLME BAMAHKE Ha SKCnpeccuio reHa WOX5

QyHKLMA Mo oTHOWeHMo K WOX5

MNMopasnaeT (akTMBMpPYeET penpeccop)
skcnpeccuio WOX5 B nHuumanax
COCYANCTON CUCTEMDI

CLF Mopasnsaet akcnpeccuto WOX5
B MOKOALLEMCSA LieHTpe

ELP2 AkTnBMpyeT akcnpeccuio WOX5
PKL AkTnBupyert skcnpeccuio WOX5
ROW1 Mopasnaet WOX5 B KneTkax

NPOKCMMarbHOW MeprCTEMbI

DKCnepyMEHTbI, B KOTOPbIX BblsiBNeHa GyHKLMA

B atx1 mytaHTax WOX5 nomrmo nokosLeroca LeHTpa aKCnpeccmpyeTca Takxe
B MHUUmanax cocyancton cuctemnl (Napsucialy-Mendivil et al., 2014)

Y clf myTaHTOB yBenuueHa skcnpeccua WOX5 B nokoswwemca ueHTpe (Aichinger
etal., 2012)

B pkl myTaHTe skcnpeccua WOX5 ymeHbluaeTca npumepHo Ha 25 % (Aichinger
etal, 2012)

B row1-3 myTaHTe 3Kkcnpeccua WOX5 pacnpocTpaHAeTca BBepx OT NOKOALLeroca
LieHTpa B NpoKCcMManbHyto mepuctemy (Zhang et al., 2015)

CnoxHas perynayus sKkcnpeccum
WOX5

B minu1 minu2 myTtaHTtax ypoBeHb WOX5 aKkcnpeccum yBenmyeH, HO OCHOBHasA
3KCMpeccua NoKannM3oBaHa He B MOKOALLEMCA LiIeHTPe, a B KNIeTKax Hag HUM,

B TO BpeMs Kak B MOKOSALLEMCS LieHTpe 3Kcnpeccrs ocnabneHa (Sang et al., 2012)

PHB n PHV MopasnsatT skcnpeccuo WOX5

B se myTaHTax ypoBeHb mir165/166 He gocTtatoueH Ans yaanenna PHB n PHV

TPaHCKPUMTOB 13 6a3asibHOM YacTu 3apOoAbILLA, U B Hell OTCYTCTBYeT SKcnpeccma
WOXS5 (Grigg et al., 2009)

B shr v scr myTaHTax akcnpeccms WOX5 ymeHbLUEHa MK He onpeaenseTca

(Sarkar et al., 2007)

MNMopaenaet akcnpeccuto WOX5
B MEPUCTEMATUNYECKON 30He

B myTaHTax prl1-9 pomeH akcnpeccumn WOX5 cnerka paclumpeH 1 ypoBeHb
aKcnpeccum nosbiweH (Ji et al., 2015)

Mpw gobasneHnn B cpeny CLE40 nenTraa, ceasbiBatowerocs ¢ ACR4 B KauecTBe

nraHza, CTBOJSIOBBIE KNETKY KOyMersibl BCTynatoT B AguddepeHumaymio, 4to
no3BonseT npegnonaratb orpaHmyeHne eoyHkumm WOXS5 6enka (Stahl, Simon,

2009)

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

ATX1/SDG27 (Set Domain Protein 27) konupyer H3K4
HCTOH-MeTWITpaHcdepasy, akTHBUPYIOLIYIO SKCIIPECCHIO
TEHOB 1 B KOPHE BO MHOTOM OIPE/IETISIONIYIO €r0 apXUTEKTY Py
(Napsucialy-Mendivil et al., 2014). B 62 % atx/ myTaHTOB
WOX5 nomumo III1 skcnipeccupyeTcst Takke B MHHIHAAISIX
cocymucroi cucteMsl Hafg 111, B 60KOBBIX KOPHSIX IEPBOTO
MOpsIJIKa JOMEH KCIIPECCHH TIOJHIMAETCS eIlle BhIIIe (K J0-
YEpPHUM KJIETKaM WHHUIMAJIEH COCYIMCTON CUCTEMbI) U Ha-
6momaercs game (B 82 % G6oxoBeIx kopHeit). ATX1/SDG27
SIBIISIETCSI OTHUM M3 T€HOB, IOAABJISIOIINX dKcnpeccuto WOXS5
BHe ero jomena B [111.

CLF 6enok rpynmst Polycomb ygacTByeT B TpUMETHINPO-
BaHuu ructoHa H3 mo musnny 27 (H3K27me3) u noxasnser
aKkTHBHOCTH MepucteMbl (Aichinger et al., 2012). V clf my-
TaHTOB YBEJIMYCHBI JUTMHA KOPHS U dKkcripeccus WOXS B I11.
YV 1BOWHBIX MYTaHTOB clf Wox5 JjMHa KOPHS BO3BpAIaeTcst
K HOpPME, YTO CBUJIETEJILCTBYET O TOM, UTO [TOJABIECHUE aKTHB-
HocTH Mepuctemsl 6erxoMm CLF omocpenoBaHo 9acTHIHBIM
perynupoBanueM skcnpeccun WOXS5.
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B T0 xe Bpems skcnpeccus WOX5 npumepno Ha 25 %
YMEHBIIAETCSl B MyTaHTE 10 T'€HYy JPYroro XpoMaTHH-pe-
moaenupytomiero ¢axropa, PKL (PICKLE), u 3To compo-
BOXJaeTcs yBennueHueM yposHs H3K27me3 (Aichinger et
al., 2012).

Benmox Elongator Protein 2 (ELP2), sBustromuiicst cyob-
CAMHHILIEH SBONIONMOHHO KOHCEPBAaTHMBHOTO TMCTOH-aIle-
TUIITpaHc(epasHoro KOMILIEKCa, OKa3bIBaeT aKTHBUPYIOIIEEe
JeficTBHE Ha AKCIPECCHI0 He Toimbko WOXS5, HO u ApyTHX
TeHOB, OTBETCTBEeHHBIX 3a nopnepxkanue [ n HCK, Takux
kak SHR u SCR, 1 TeHOB ceMeHCTBa TPAHCKPUIIIMOHHBIX
thaxtopoB PLETHORA (Jia et al., 2015). D10 65110 TOKa3aHO
Ha OCHOBAaHWU NOJaBJIeHUs dKcnpeccun reHoB WOXS5, SHR,
SCR, PLTI, PLT2 B mytanTax elp2. Hapsany c atum B elp2
MyTaHTaX HaOIIOMAaroTCs yBemMueHue gucia aeneanit B [11]
n muddepeHIpoBKa HHULUAICH KOIyMEIUThI.

Hpyroii 6enok, Repressor Of Wuschel 1 (ROW1), tarxxke
o0magarouii THCTOH-aEeTHATPAaHCPepa3HO AKTUBHOCTHIO,
B ommmume ot Oenka ELP2, sisercs cynpeccopom WOXS5
(Zhang et al., 2015). ROW1 peryaupyeT 3KCIPECCHIO I'eHa
WOXS5, ces3eiBasice ¢ H3K4me3 ructoHamMu B IPOKCHMAITh-
HOM yuacTke mpomotopa. JJomen sxcnipecuu ROW 1 Brimroyaer
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BCIO ITpOKCUMaIIbHY0 Mepuctemy Hax L1, ITpu 3ToM B TpaHc-
reHHol muHIH pacteHuit WOXS5::mCherry-ROW 1, B KoTOpoi
ROWI skenpeccupyercst B [11] (momene skcipeccunt WOX35),
skcpeccus WOX5 nonHocThIO nonasisercs. B rowl my-
TaHTax ’Kcnpeccus WOX5 pacnpoctpansiercs BBepx oT [11]
B IIPOKCHMAIIBHYIO MEPHUCTEMY.

Hexkanonunyeckue xpomarua-pemonyupyrome 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 ITPOIICHT YMOPHOHATBHBIX JeTael. BoI-
JKUBIIHE 3apOJIBIIIN JAIOT MPOPOCTKU C aHOMAJIMSIMH B Pa3-
BUTHU aluKaJbHBIX MepucTeM. Dxcnpeccusi WOX5 B kopHe
MIECTUAHEBHOTO MPOpOCTKa minul minu2 mytanTa B 15 pa3
BBIIIIE HOPMBL. JIOMEH SKCIIpEecCHH CABHHYT BBEpX W JiaTe-
pasibHO, OCHOBHas 3Kctipeccust WOX5 peanusyercs B KJIeTKax,
PacHoIOKEHHBIX Ha MECTE MHUIIMAJIEH CTEIIS, B TO BPEMS KaKk
B [111 sxcripeccust oueHs crnadast. st MINU2 Gernka mokazaHo
IpsIMOE CBS3BIBAHME C NMPOMOTOpoM reHa WOX5 metonoM
UMMYHOIIPELUIUTAIINY XPOMATHHA.

TpaHcKpUNuMoHHbie paKTopbl,

BnuAtowme Ha skcnpeccuio WOX5

B Hacrosiiee BpeMs BBISIBIICHO HECKOJIBKO TPAHCKPHITIIHOH-
HBIX (DAaKTOPOB, Y4aCTBYIOIINX B (POPMUPOBAHUH IKCIIPECCUH
rera WOX35. O TpaHCKpUTIIIHOHHBIX (PaKTOpax ayKCHHOBOTO
orBeta ARF10 u ARF17, nonasnstoniux skcrpeccutro WOX5
(Ding, Friml, 2010), 66110 cka3aHno Bbiie. Taroke penpeccopa-
MH 110 oTHO1IeHu 0 K WOXS ssistiorest 1sa TO, PHABULOSA
(PHB) u PHAVOLUTA (PHYV), otHOCstmecst k HD-ZIP 111
kinaccy TO (Grigg et al., 2009). Dkcrpeccusi TUX [CHOB
y apabunorcuca peryaupyercs rpymmoid MUPHK mirl65/166
(Muller et al., 2016). Bo Bpemst pa3BUTHS MEPHCTEMBI KOPHS
MuPHK rpynmer mirl 65/166 crmocoOCTBYIOT MPEKPAICHUIO
skcrpeccun reHoB HD-ZIP [1] cemeticTBa B 6a3aibpHOI yacTn
zapogpima (Grigg et al., 2009; Smith, Long, 2010). SERRATE
(SE), reH, KOTUPYIOUIUA OCIOK, UMCIOIIUI TOMEH «I[HHKO-
BB majery (THIl CTPYKTYPHI Oenka, CTaOMIN3HpPOBaHHBIN
OIHUM WJIM JByMsl NOHAMH [IMHKA), y4acTByeT B OMOreHese
MuPHK (Iwata et al., 2013). B se myranTax ypoenb MuPHK
s3HaunTeabHo cHmkeH, PHB u PHV ocrarorcs B 0a3anbHOM
YacTH 3apO/IbIIIA, MEPUCTEMA KOPHS HE Pa3BUBACTCSI U OTCYT-
cTByeT 3kcnpeccus renoB WOXS5 u SCR (Grigg et al., 2009).
B tpoitHom myTante se-5 phb-13 phv-11 sxcipeccust WOX5
n SCR mpucyTCTBOBaNa, MEpUcTeMa KOPHS U caM KOPEHb
Pa3BHBAINCH HOPMAJIBHO.

Tparckpunmus mirl 654 mirl 65B HanpsMyIo perymupy-
ercst TO cemeiicteBa GRAS — SCR u SHR (Carlsbecker et
al., 2010). SHR u SCR siBnstrorcst aktuaropamu WOX5, no-
CKOJIBKY M3BECTHO, UTO dKcTpeccust WOX5 yMeHbIeHa Win
OTCYTCTBYET B OZIMHOYHBIX MyTaHTaX 110 3TUM reHam (Sarkar
etal.,2007). SHR u SCR unrubupytor PHB onocpe1oBaHHO
gepe3 miRNA165/6, cnenoBarensHo, aktuBanus WOXS5 stu-
MH JIByMsI ()aKTOpaMHU MOXKET 3aKJII0YaThCs B IOIABICHUH €TI0
unruoburopa PHB (Carlsbecker et al., 2010).

Bce nepeuncinennsie Boie Td, BEpOSITHO, AEHCTBYIOT
Ha 3kcrpeccuto WOX5 onocpeoBaHHO, MOTOMY MOMCK MX
MHUIIIEHEH — MPSIMBIX PEryasTopoB TpaHckpunimu WOX5 —
B HACTOSIIIIEE BPEMsI SIBJISETCS ONHOW M3 aKTyalbHBIX 3a/ad
B oOnactu reHHbIx cereid HCK kopHs.
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nOCTTpaHCKpVII'ILI,VIOHHbIe N NOCTTPAHCNALUNOHHDbIE
dakTopbl, BAvalowme Ha skcnpeccuio WOX5

K nocTTpaHCKpHIIIIMOHHON PEryJIsiiii OTHOCSAT MOJIU(HKa-
IIMH TPAHCKPHIITA, 3aTPATrUBaIOIIHE MIPOLECCH €TO CO3peBa-
HUS (CIUTAMiCHHT M MpOIecCHHTr) Wik craduibHocTh MPHK,
B TOM YHCJIe U peryismnuio ¢ momorbio MukpoPHK, a Taxke
MOCTTPAHCIANOHHYIO PEryJsIINI0 aKTHBHOCTH U CTaOWIIb-
HOCTH OEJIKOB.

WD40-6emox PRL1, xoTopslii sBisieTcs: CyObenuHULICH
SIEPHOTO CIDTaHCOCOM-aKTHBHUpYIoIero komriekca (Nineteen
Complex, NTC), oka3bIBaeT OAABISIONICE ACHCTBHIE HA DKC-
npeccuro WOX5, HO akTUBUpYIOIIEe JACHCTBUE HA dKCTIPEC-
cuto reHoB PLTI u PTL2 (Ji et al., 2015). B mecTuaHEBHBIX
npopocTkax prll-9 MmyrantoB ypoBeHb WOXS5 TpaHckpuIiTa
B IIATh pa3 BBIIIE, YeM B JuKoM Ture. Kpome toro B pril-9
MyTaHTaxX JIOMeH dkcnpeccuut WOXS5 pacmmpeH narepaibHo
M BBEPX NMPUMEPHO Ha OJIUH CIION KIIETOK.

docarassl Tuna 2C (PP2C, protein phosphatase type 2C)
POLTERGEIST (POL) and POLTERGEIST-LIKEI (PLL1)
HeoOxoxuMmbl Jutst hopmupoBanus U nojiepxkanus HCK kax
KopHs, Tak U mobera (Song et al., 2008). 3apoasiu plll pol
MYTaHTOB SIBIISTIOTCSI SMOPHOHAIBHBIMH JIETAJISIMH, B HAX HE
(hopMupyIOTCSl MEpPUCTEMBI TT00ETa M KOPHSI M OTCYTCTBYET
skcnipeccuss WOX5 B muH3000pa3HOM allMKaIbHOM KIIETKE TH-
nousbl. Dxcrpeccust WOXS5 ¢ KOHCTUTYTHBHOTO ITPOMOTOPa
BOCCTaHaBJIMBalIa (JOPMUPOBAHUE TUCTAIBHBIX CTBOJIOBBIX
KJIETOK M YaCTUYHO MPOKCUMAJIbHBIX CTBOJIOBBIX KIIETOK
B OTHX 3aponsimax. Beuay toro, uro B plll pol myraHTax
C MEPBBIX JIETICHUH 3apo/IbIilIa HapyIIeHa TaK)Ke IKCIIPECCHST
reHa PINI TpaHcmopTepa ayKCHMHA, TO MOXHO TaK e, KaK
U B HECKOJIBKHX CITy4asiX, OIMMCAHHbIX BBIIIIE, IPEIOJIararh,
YTO U3MEHEHU B dKkcrpeccuu WOX5 BbI3BaHbI HAPYIICHUSIMU
B pacmpezenenuu aykcuHa. Kpome toro, skcmpeccust PIN/
AKTHBUPYETCSI TPAHCKPHUITIIMOHHBIM (paKTOPOM ayKCHHOBOTO
orBeta ARFS/MONOPTEROS (MP) (Wenzel et al., 2007),
9KCTIPECCHs] KOTOPOTO, B CBOIO OYEpPEdb, MOXKET PEryaupo-
Batecsi POL u PLL1 ¢ocdarazamu (Gagne et al., 2008).
BosmokHo, uto POL 1 PLL1 docdarazsr urpator 1BoitHyI0
pPOJTb: TONJIEPKUBAIOT dKcTpeccuto WOXS5 n ydacTByIOT
B ()OPMHUPOBAHNN PACIIPEAEICHHS ayKCHHA.

Penenirop-xunasel cemeiictea CRINKLY 4 (CR4), Bkirouast
ACR4 (CR4 apabuporicuca), IMEIOT CHUTHATBHBINA TIENTHI,
BHEKJICTOUHBII JIOMEH, TPAaHCMEMOPaHHYIO CHHpalib U IH-
TOIJIa3MaTHUECKUI CEepUH-TPEOHUH KMHA3HBIA AomeH (Cao
et al., 2005). ACR4 BmecTe ¢ Ipyroii penentop-KHHa30i
CLAVATA1 ¢opMupyroT roMo- U TeTepOIIUMEPHI, KOTOPHIC
B 0TBET Ha curHanbHbIN nentua CLE40 koHTponupyIoT noju-
JiepKaHre MEPUCTEMBI KOPHS U dKcTipeccuto WOX5, BeIcTymas
kak perynstopHbrii koHTYp CLE40-ACR4-CLVI-WOXS5
(Stahl, Simon, 2009; Stahl et al., 2013). 4ACR4 skcripeccupy-
eTcs B IIePBBIX TpeX ciosx komymelnibl (Stahl, Simon, 2009),
kyma murpupyer WOXS5 Gemok (Sarkar et al., 2007). ACR4
dhochopmmupyer Oemok WOXS, cBA3BIBasICh C TOCCIOBA-
teapHOCTEIO GSAGAALG(pS)FSVK, pacnonokeHHol Ha
N-xonre nentuna (Meyer et al., 2015). Ilpenmonaraercs, 9to
dhochopumupoBanue orpaHuYHBacT MOOMIBHOCTE WOXS5
6enka (Stahl, Simon, 2009). Buekierounstii nenrrug CLE40,
KOTOPBIiA 0OTBedaeT 3a Auh(HepeHINPOBKY KICTOK KOTYMEIUTBL,
HEraTUBHO BIUSIET Ha oKcrpeccuto WOXS, akTUBUpYs €ro
B3anmoseiictue ¢ ACRA4.

leHeTuKa pa3BuTUA
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CrctemMHO-6MoNoOrnyecknii aHanus reHa WOX5
1 ero GyHKLMiA B HYILLE CTBOJTOBbIX KIETOK KOPHS

Monck PerynaTopHbIX 3/1IeMEeHTOB

B npomoTopax reHoB WOX5

OKCHEPUMEHTAILHO MOATBEPIKACHHBIX JAHHBIX O MPSIMBIX
peryisiTopax TPaHCKPUIIIMOHHON akTWBHOCTH reHa WOXS5
B HacTosIIee BpeMst Ype3BbIuaiino Majo. [Ipsimoe B3aumoneii-
CTBHE C XPOMAaTHHOM B paiioHe mpomoTopa WOX5 mokazaHo
JUTSA STUTEHETHYECKUX PEryasITopoB WOXS: THCTOH-aIeTHII-
Tpancdepassl ROW 1, koTopast cienuuyecky CBsI3bIBACTCS
¢ MeTHWJIMPOBaHHBIM ructoHoM H3K4me3, u xpomaruH-pe-
moznemupyromeit AT®azer MINU2 (Sang et al., 2012; Zhang
et al., 2015). Kakue-mu6o manHeie 0 B3aumojciicteuun Td
¢ THK npomotopa WOXS5 0TCyTCTBYIOT.

C ucrnonb30BaHNEM JOCTYITHBIX OHJIAHH-TIPOTPAMMHBIX T1a-
KETOB HaMU OBLI IPOBEJICH in silico aHanmm3 5'-perynsaTopHOi
obmnactu (—1000; +100) rena WOX5 u3 30 BUgOB pacTeHUi
(Mom. Marepuansl 5) ¢ HEbIO MPEACKa3aHus TOTCHIINATIBHBIX
CiS-peryNsSTOPHBIX 2JIEMEHTOB M, COOTBETCTBEHHO, BO3MOX-
HBIX MIPSIMBIX PEryasTopoB skcnpeccunt WOXS5. C moMoIsio
nporpammsl Matlnspector (http:/www.genomatix.de/) B 3Tux
PEryISITOPHBIX paiioHax ObLIO HaijeHo Oosee 40 cemeiicTB
TPAHCKPHUITLUOHHBIX (haKTOPOB, UMEIOLIHX IIPEIoaraeMbie
CalThI CBsA3bIBaHMs. [I0TeHIIMANbHBIE CAIThI CBA3BIBAHMS TOJIb-
KO 4eThIpex u3 3ThxX ceMeiictB Td ObuM pacrio3HaHbI BO BCEX
npomoropax 30 Bunos: AHBP, MADS, MYB u DOF (ta6u. 2).

st kasxoro u3 pacno3HaHHbIX ceMelcTB Td mpencka-
3aHHBIC CalTHI CBSI3BIBAHMUS MIONAH B JIBa KOHCEPBATHBHBIX
y4acTKa, BBISBICHHBIX B pe3yJbTare IMOINapHOro BbIPaBHH-
BaHU 5'-peryIsATOPHBIX MOCNenoBaTeNbHOCTeH TeHa WOX5
A. thaliana (AtWOXS5) ¢ reHOMHBIMHU IO CIICIOBATCIHHOCTIMHU
JIPYTHX BUJIOB KPECTONBETHEIX (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
(moncemeiictea MYBL 1 MYBS) MokHO paccmarpuBarh Kak
OCHOBHBIX KaHJIUJIaTOB, CIOCOOHBIX OCYIIECTBISTh MPSIMYFO
perymsinuto sxenipeccun WOXS.

VHTEepecHBIM pe3yibTaToOM O0Ka3ajloCh HAJIMYUE Cpeln
MPe/ICKa3aHHBIX CAUTOB CBSI3bIBAHMUS [10CIIEI0BATEILHOCTEH,
C KOTOpBIMH cBsi3bIBacTcs 0enok WUS. YunTsIBast B3anmosa-
Mensiemocts 0ernkoB WUS u WOXS5, a Takke T0, 4TO in Vitro
Td WOXS puca B3auMOJeHCTBYET ¢ caiTaMi CBA3BIBAHUS
WUS (Kamiya et al., 2003), MOXHO TIPEAIIONOXKHATE, YTO
WOXS5 crocobeH OCyIMIeCTBIATh PETYISIINI0 SKCIPECCHH
CBOETO Ke TeHa.

Taxue 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, koropele nonasisitor
akcnpeccuro WOX5 (Grigg et al., 2009).

T® cemeiictBa MADS Hanbonee mHUpPOKO OMUCAHBI Kak
perynsaTopsl nBereHus y pacteHuit (Ng, Yanofsky, 2001),
OJIHAKO OHU KOHTPOJIMPYIOT U APYTHE NPOrpaMMBbI pa3BUTHS,
B yacTHOCTH (opmupoBanue kopHei (Liu et al., 2015; Yu et
al., 2015). IIpencrasurenu cemetictBa MYB n3BecTHBI Kak
PEryISITOPBI KIETOUYHOTO IUKIIA. J{J1s HEKOTOPBIX U3 HUX I10-
Ka3aHO y4dacTHe B MOAABICHUM KJIETOUHbIX AesieHuit B [I1]
(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 CBSA3BIBAHUS
B IIPOMOTOPAX BCEX MccaeqoBaHHBIX WOX5 reHOB, 1 KOHCEep-
BaTUBHOCTH PAOHOB JIOKAJIHM3ALUK 3THX CAMTOB y KpecTo-
IBETHBIX YKA3bIBAIOT Ha BO3MOKHOC YUaCTHUE NCPCUNCIICHHBIX
(hakTOpOB B MPSIMON PETYISAIUH dKcTpeccun reHa WOX3,
YTO ITO3BOJISIET PEKOMEHI0BATh UX ISl SKCIIEPUMEHTAILHON
MIPOBEPKH.

leHbI-MuLeHn

TpaHcKpunuyunoHHoro paktopa WOX5

Oyukimst WOXS Kak perymnsTopa TPaHCKPHIILIUH TOCTYIHAPY-
eTcsl MPEUMYIIIECTBEHHO Ha OCHOBAHHH €0 IIEPBUYHOM CTPYK-
Typbl. [ToMHMO romMeooMeHa — XapakTepHOM YepThl LIEJIOro
psana T® — WOXS5 comepkuT paHee oxapaKTepH30BaHHBIC
y Ipyrux OenkoB nomensl-penpeccopsl WUS-6okc 1 EAR
motuB (Haecker et al., 2004; Gao et al., 2014), 1151 kaxxaoro u3
KOTOPBIX CHOCOOHOCTB ITOAABIISITH TPAHCKPUTIIIUIO TEHOB ObLTa
nokazaHa skcriepumenTanbHo (Hiratsu et al., 2003; Tkeda et al.,
2009). Mexy romeonomeroM 1 WUS-00kcoM pacrionaraercst
HEOOJIBIION YIACTOK, COCTOSIIIUIN 13 KMCIIBIX aMHHOKHCIIOT, —
MOTEHIMAIBHBIN akTuBarop TpanckpumuH (Ikeda et al., 2009;
van der Graaff et al., 2009). B To >xe Bpemst UMEIOTCSI HEKOTO-
pBI€ 3KCIEPHMEHTAIbHBIE JAHHBIE, OMMMCHIBAIOLIIE yIacTHe
WOXS B perynsauuu TpaHCKPHUIIIUK TeHOB U crieruduyie-
CKYIO pOJIb €r0 ()yHKLIIMOHAJIBHBIX JIOMEHOB B 9TOM IpoIecce.

B wactHocTH, HemaBHO OBILIO0 MMOKa3aHo, 4yTo 6eoxk WOXS5
B cOCTaBe KomIuiekca ¢ kopenpeccopamu TOPLESS/TOP-
LESS-RELATED (TPL/TPR) u rucroHn-aeaneruias3oii
HDA19 nopmasmister sxcnpeccuto rena CDF4 B kimetkax [11]
1 MHULUAISX KOIYMEIIIBL Y A. thaliana mytem neaneTuianpo-
BaHMA I'MCTOHOB B POKCUMAJIbHOM paiioHe pomotopa CDF4
(Pietal., 2015). T'er CDF4 xonupyet T®, koTOpPHIii c110CO0-
cTByeT AU(DPEPEeHINPOBKE KICTOK KOJIYMEJUIbI, 1 yPOBEHb
€ro BO3pAacTaeT 0 I'PaJUCHTY: OT OTCYTCTBHSI DKCIIPECCUH
B TIOKOAIIEMCS [IEHTPE ¥ HU3KOTO YPOBHS IKCIIPECCHH B CTBO-
JIOBBIX KJIETKaX KOJTYMEIIbI /IO BBICOKOTO YPOBHS 9KCIIPECCHU
B A (epeHIMPOBaHHBIX KIIETKaX KOJdyMesuibl. KirtoueByro
poub 1t peanuzari WOXS5-0nocpeoBaHHOTO TIOIaBICHHS
sxcnpeccnu CDF4 urpaet nomen WUS-60kc, Torna kak EAR
MOTHB 3HAYUTEIHLHOTO BIMSHUSI HA PEIPECCHIO HE OKa3bIBAET.
CeszeiBanne WOX5 ¢ mpomotopom CDF4 TIpOUCXOANT TIO
MOCJIEIOBATENBHOCTH, B LIEHTpE KOTOpoil HaxoauTcst ATTA.
OTa nocae0BaTeIbHOCTh KOMIUIEMEHTapHa KOPOBOH Moce-
noBarenbHOCTH caifta cBs3biBaHus AtWUS TAAT (Lohmann
et al., 2001; Yadav et al., 2011). Bo3moxHo, uto T® WUS
1 WOXS UMEIOT O/IHY U Ty K€ KOPOBYIO IOCIIE0BATEILHOCTh
B cBOUX caiirax csaspiBaHms TAAT/ATTA. Tlo xpaitaeit mepe,
6110 IOKa3zaHo, uto WOXS5 puca (OsWOXS) cnennduaecku
B3aMMOJICHCTBYET in vitro ¢ callToM cBs3piBaHusA TO AtWUS
(TTAATGG) B mpomotope reHa apadbunomncuca AGAMOUS
(Kamiya et al., 2003).

WOXS5 nonasnsiet sxcnpeccuto rea CYCD3;3, KOTopblit
koHTpospyeT G1-S mepexos B KIETOYHOM IHKJIIE, YTO 00e-
CIIEUMBACT HU3KYIO MUTOTHYECKYIO aKTHBHOCTH KiteTok I1L]
(Forzani et al., 2014). Bzaumopueiicreue denka WOXS ¢ npo-
MotopoM rera CYCD3;3 ObIIO TTOKa3aHO C UCTIOIE30BAaHHEM
METOZ0B MIMMYHOIIPEIUTIIUTAIINY XPOMAaTHHA ¥ KOJTMIECTBEH-
Hoi [1L[P (ChIP/qPCR).

ITomMuMO OXapaKTepH30BAHHBIX BBIIIE MPSMBIX MUIIECHEH
WOXS, Ha 0OCHOBaHUU MOJIEKYJISIPHO-T€HETUYECKUX UCCIIe-
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Tabnuua 2. TpaHCKPUNLUMOHHbIe $paKTOPbI, CaliTbl CBA3bIBAHNA KOTOPbIX BbIABMEHbI B 5'-perynatopHbix obnactax (—1000; +100 . H.
OTHOCUTENbHO CTapTa TpaHcKpunuum) reHos WOX5 ¢ nomoLbio nporpammbl Matlnspector (http://www.genomatix.de/)

CemencTBO 1 Ha3BaHUA TPAHCKPUNLUOHHDbIX (baKTOpOB G)aKTOpr, SKCnpeccmpyowmneca B KOpHe nunu rurnokotune™

ATHB: ATHB1, 5, 8 (Arabidopsis thaliana Homeobox 1,5,8), ATHB1 - B runokoTune, COCyancTon cncteme 1 KoHurke KopHs (Capella et al.,
REV (REVOLUTA), BLR (BELLRINGER), WUS (WUSCHEL) 2015). ATHBS5 - B runokoTune (Hanbosiee MHTEHCUBHO Ha rpaHmMLe
C KOpHeM), B COCYAUCTON CMCTEME KOPHA B 30He AnddepeHLmaumnm
1 cnabo - B annaepmuce (Johannesson et al., 2003). ATHB8 - B mepucteme
1 SNOHraLMOHHO 30HE KOPHSA, a TakKe B Npokambum 1 konymenne (Baima
etal, 1995). REV - B kcneme 1 Kambuw, a Takxe B NpUMOpPANAX OOKOBbIX
KopHei (Hawker, Bowman, 2004)

MADS: FLC (Flowering Locus C), SOC1 (Suppressor of FLC - B KoHuUuMKe KopHs (Michaels, Amasino, 2000). SOC1 - B mepucTeme
Overexpression of Constans 1), AG (AGAMOUS), AP1 KopHs (Lee, Lee, 2010)

(APETALA1), AP3 (APETALA3)

MYB: WER (WEREWOLF), PHR1 (Phosphate Starvation WER - B pa3BuBaoLmxca aTpnxobnactax KOpHen 1 B HeYCTbUYHBIX KNeTKax
Response 1) runokoTuna (Lee, Schiefelbein, 1999). PHR1 - B kopHsx (Rubio et al., 2001)

DOF: DOF1, DOF2 (DNA binding with one zinc finger 1, 2) DOF1 1 DOF2 - B cocyancTon crcteme runokotuns n kopHa (Ward et al.,
2005; Skirycz et al., 2006)

*BbiieneHbl GaKkTopbl, SKCNpeccupyloLnecs B KOpHe.

1,1kb

e —
AT3G11260.1

1 Arabidopsis lyrata

2 M Arabidopsis halleri
3 M Brassica rapa FPcs

4 M Boechera stricta

5 M Capsella grandiflora

6 f:./‘_/__»/’\\ Brassica rapa

7 Thellungiella halophila

8 M Capsella rubella

352678k 352699k 352718k 352739k 352759k

-800 -600 -400 -200

I - AHBP . - DOFF . - MADS D - MYBL - MYBS { - KOHCepBaTUBHasA 06/1acTb

(SRR .

Puic. 2. AHanu3 npoMoTopHbIX obnacTeli reHa WOX5 pa3Hbix BUAOB CEMeNCTBa KPeCTOLBETHbIX.

a - BblpaBHUBaHWe HYKNeOTUAHON NocnefoBaTeNlbHOCTU 5'-perynatopHoit obnactu (o1 -1000 Ao +100 n.H. OTHOCUTENbHO CTapTa TpaHcKpunuumn) AtWOX5
nonapHo ¢ nocneaoBaTenbHOCTAMN NpomoTopos WOX5 apyrvix BUAOB cemelicTBa KpecToLBeTHbIX B nporpamme Vista (http:/pipeline.lbl.gov/). ®roneto-

Bbll1 LIBET — 9K30Hbl, ros1ly60I — HeTPaHCIMPYeMble PalioHbl, KPAacHbIN — Noc/ieAoBaTeIbHOCTU MPOMOTOPOB. Bbinin BbiABMIEHbI iBE KOHCEPBATVIBHbIE 0bnacT

B NPOMOTOPHOM paiioHe AtWOX5: ot =70 fo 300 1 ot —800 o —870 n.H. (OTHOCKTENBHO CTapTa TPaHCKpUNUuuUK); 6 — aHann3 5'-perynatopHoi obnactu AtWox5
B nporpamme Genomatix Matinspector (http://www.genomatix.de/), nossonstoyein NpoBoanTb in silico nonck canTos cBA3biBaHNA TO € MCMONb3oBaHMEM
6a3bl AaHHbIX LC-PETYNATOPHbIX SNeMeHTOB. Bcero 6bin0 HaiaeHo 6osnee 40 cemeiicTs T, MetoLLyX Npeanonaraemble caiiTbl CBA3bIBaHUA B NCCIEA0BAHHbIX
nocnefoBaTesibHOCTAX. M3 HiX 6binv BbIGpaHbl NpefcTaB/ieHHble Ha PUCyHKe cemencTBa Td, MOCKOSIbKY OHM MPUCYTCTBOBAJIN BO BCEX MPOaHaNN3MpPOBaHHbIX
WOX5 npomotopax 13 30 BaoB pacteHnin. CaiiTbl CBA3bIBaHWSA 3TUX YeTbipex cemencTs T nonaaatoT B KOHCEPBATMBHYIO 0611acTb, BbIABNEHHYIO Ha OCHOBaHWN
nonapHOro BbipaBHMBaHNA NPOMOTOPHOW nocnegosaTenbHocTn AtWOX5 ¢ npoMoTopHbIMK nocnefosatenbHocTaAMN WOX5 reHoB apyrix BUAOB cemencTBa
KpecToLBEeTHbIX.
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Puc. 3. Cxema cnHTe3a ayKCuHa (I/IH,qOHVlJ'I-3-yKCyCHOI7I KWUCNOTbI ) U UHBONUAI-FIIOKO3MHONATOB.

ToncTble cepble CTPENKM — OCHOBHOW MyTb CMHTE3a ayKCMHA 13 TpunTodaHa y pacTeHuii ¢ ydactrem dpepmerTos TAA (TpunTo-
¢daH ammnHoTpaHchepasa apabuponcuca) n YUCCA (YUC, pnaBuHcofepKallas MOHOOKCUIeHasa). TOHKMe cepble CTPeNKM —
nyTb CYHTE3a MHAONUN-FIIOKO3MHONATOB 13 TpunTodaHa ¢ yuactnem pepmeHtos CYP79B2, CYP79B3 1 SUR2/ CYP83B1 (umTo-
xpom P450 moHooKcureHas) n SUPERROOTT (SURT, C-S nnasbi). MyHKTUPHbIE cepble CTPenKy — MpeAnonaraembiii anbtepHa-
TUBHBIV MYTb CMHTE3a ayKCMHa 13 NpeaLecTBEHHNKA UHAOANA-TIIOKO3MHONATOB MHAONWA-3-aleTanbhoKcMa.

JOBaHMUM OMMCAHO BiIUsHHUE 3TOro TAd Ha aKTUBHOCTH 11€JIOTO
psina kimoueBsIX paxropos nmonaepkanus HCK, xots mpsmoe
B3aumojieiicteue WOXS ¢ peryisTopHbIMU paliOHaMHU CO-
OTBETCTBYIOIIUX I'€HOB HKCHEPUMEHTAIBHO HCCIEAOBAHO
He 65110. C momomnrsio T-JIHK mHCcepnnu ObIT MONyYeH tin
(turanose-insensitive) mytant o reny WOXS5 (Gonzali et al.,
2005). Kopupyroras yacts rena WOXS5 (AT3G11260) coctout
13 IBYX 3K30HOB U uHTpoHa. MHcepuus T-IHK npounzomnuia
B KOHIIE BTOPOTO 3K30Ha. Hapsiy ¢ 3TuM 1o Mecty nHCepuuu
BbIsIBJIeHa TpaHchokanus rena AT1G48610, konupyromero
HEM3BECTHHIN Oenok. B pesynsrare ¢ mpomotopa WOXS5
reHa CUMThIBaeTCA XUMEpHbIN TpaHnckpunT, ybsi MPHK nocie
CIUTAliCUHTa COCTOUT M3 5'-HETPaHCIUPYEeMOi 00IacTH reHa
WOXS5 n ero Genok-KOTUPYIONIEH MOCIe0BaTeIbHOCTH 0e3
68 ToCIeHUX HYKJICOTHIOB 10 CTOI-KO/IOHA, 32 KOTOPOH
cienyer MPHK AT1G48610 naunnas ¢ mectu HyKJI€OTHIOB
KoHIa 3'-HeTpaHCIHpyeMOon o0iiacTh 3TOTO reHa. Bumy
TOTO, YTO /in MYTaHT BOCCTAHABIMBACTCS JIO AWKOTO THIIA
cBepxdKcnpeccueit reHa WOX5, oH paccMaTpuBaeTcs Kak
MYTAHT 10 3TOMY T'eHy. B fin MyTaHTe 3HaUNTEIbHO MOBBIIICH
yposenb MPHK rena SUPERROOT?2 (SUR?2), o cpaBHEHHUIO
C TUKUM THITOM. M3 3TOTO CiieayeT, yTo OCIOK, CYUThIBAEMbIN
C XMMEPHOTO TPAHCKPHIITA, HE MOAABIISET HKCIIPECCHIO T'eHa
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SUR2. B n¥KoM THIIE TIOIaBIE€HUE IKCTIPECCUN OCYIIIECTBIS-
ercs 6emkom WOXS HampsMyro WIH depe3 MOCPEIHUKOB.
I'en SUR2 yuactByeT B Onocunrese aykcnHa (Mikkelsen et
al., 2004). Ha puc. 3 u3obpaxkeHa cXxeMa OCHOBHBIX MyTEH
CHHTE3a ayKCHHa n3 TpunTodana y pacteHnid. B HacTosmee
BpeMsI TOKa3aHOo, YTO OCHOBHBIM ITyTE€M OMOCHHTE3a ayKCHHA,
T. €. uHaonWI-3-ykeycuoit kucinorel (MYK), u3 Tpuntodana
spisiercst TAA (Tpuntodan amuHOTpaHChEepa3a apaduI0ICH-
ca)/YUCCA (YUC, ¢ummaBuHCOAEpIKAIIasi MOHOOKCUTCHA3a)
wim [PA (unnonuin-3-nupysar) myTs (Mashiguchi et al., 2011;
Won et al., 2011). Bropoii myTh et yepe3 KOHBEPCHIO TPHUII-
toana B [AOX (MHIOMMI-3-aIIe TOATHIOKCHM ), OCYIIICCTBIISI-
eMyto AByms tuToxpom P450 monookcurenazamu, CYP79B2
u CYP79B3. V nBoifHOrO MyTaHTa IO TeHaM, KOAUPYIOIINM
9TH (epMeHTHI, yMeHbleH oomuit myn UYK u ¢penorun co-
OTBETCTBYET PACTCHUSIM C YACTUYHO CHIDKEHHBIM COJIepKa-
HHEM ayKcHHa (YMEHBILICHNE JUTHHBI PACTEHHS, THITOKOTHIIS,
YEPEIIKOB JINCTHEB U CaMHX JIHCThEeB) (Zhao et al., 2002).
Wuonmi-3-aneToanbI0KCUM SIBISICTCS TPE/ILIECTBEHHUKOM
kak UVK, Tak 1 MHIONMI-DIIOKO3UHOJATOB, BTOPUUHBIX
MeTaboJINTOB, OCYIIECTBISIOMNX 3aIIUTHBIC (QYyHKIINH
y pacrennii (Kasahara, 2016). AxruBanus rena SUR2 nepe-
kirogaeT [AOX-TyTh Ha CHHTE3 MHAOIMI-TIIIOKO3HHOIATOB,
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noxasneHue rena SUR2 — Ha TOTIOJIHUTEIBHBIN K OCHOBHOMY
IPA iyt cunre3 UVK. Takum ob6pazom, WOXS5 Hampsamyio
WK 4epe3 MOCPEIHUKOB OCYIIECTBISIET ATO NEPEKITIOUEHHE.
WuTepecHo otMeTuTh, uTo IAOX ITyTh NMMEETCsI TOJBKO Y He-
KOTOPBIX BUJIOB pacTeHMH. /[0 HAcTOsIIEero BpeMEHU I'eHbl
CYP79B2 n CYP79B3 ObulM HalIecHBI Y KPECTOIBETHBIX,
ropoxa u Tabaka (Quittenden et al., 2009; Sugawara et al.,
2009; Nonhebel et al., 2011).

WOX5 saBnsiercs Takxke akTuBaTtopoM reHa PLTI, ogHOTO
13 OCHOBHBIX perynsaTopoB romeocraza HCK B xopHe, HE00-
xonumoro (Hapsay ¢ PLT2) niast noanepXaHus aKTUBHOCTH
1 npaBwiIbHON Jokanm3anuu [11] B konunke xopus (Ding,
Friml, 2010). Tak, y mytanToB 4. thaliana c norepeit pyHKInM
WOXS5 mponcxomut 3aMmeTHOE ToaBieHne akTusHocTH PLT 1,
anpu uaayknuu 35S:WOXS5-GR yposens PLT TpaHckpunra
3HAYUTEIBHO yBEIWYHMBAETCA. BBUIYy TOro, 4TO JUIsl 3TOTO
yBEIU4eHHs TpeOyeTCs MPOAOIKUTENbHAS MHITYKIHS, MOKHO
T0JIaraTh, 4TO PEryJsIIus TIPOUCXOJUT HE HANPSIMYIO, & TIPH
YYaCTUH JIOTIOJIHUTENILHBIX (h)aKTOPOB.

I'er SOMBRERO (SMB), conepxxammiit NAC-nomeH, oT-
BEUAET 32 BBIXOJ[ JOUEPHUX KJIETOK MHUIIMAIEH KOIyMEIUThI
u3 craguu Jenenus u ux quddepennuposky (Willemsen et
al., 2008; Bennett et al., 2010). B wox5-/ myTaHTe 3KcIpec-
cust SMB nepeMeIaeTcst Ha OAUH CION BBEPX B MHHUIUAIU
kosrymerutsl (Bennett et al., 2014). Yepes 4 1 nociie MHAyKIUAH
35S:WOX5-GR skenpeccust SMB B KOTyMeIlIe CyIieCTBEHHO
YMEHBIIAETCs U Mcue3aeT nocie 24 4 HHAyKIun. TakuMm 00-
pazom, WOXS nogasnsiet axcnpeccuto SMB He Tomnbko B I111,
TJIe OH 9KCIIPECCUPYETCS, HO U B MHUIUAIISIX KOJIYMEJUTI 3a
cuet murparn WOXS5 Genka.

I'eneTnueckue MCCIeOBAHUS M aHAIN3 YKCIIPECCHU CBU-
JIETETBCTBYIOT O HAMUYNHU NPAMBIX mumernedr WOXS un mu-
IIeHEeH BTOPOTO MOpsiAKa KaKk B I€HHOH CETH PeTyJSIUN
i depeHIINPOBKY KIICTOK KOJTYMEIUIBI, TAK ¥ B TCHHOW CETH
MOAJEPIKAHMS ITyJla CTBOJIOBBIX KJIETOK MEPHCTEMBI KOPHS
B 11e710M. J{y1s1 GONTBIIMHCTBA STHX MUILICHEH TOYHBIE ICTalN
OCYIIIECTBIICHHUS 3TON PETryIAIIH TOKA HEM3BECTHBI.

3aknioyeHune

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

B nanHoii paboTe Hapsay ¢ 0030pOM OMyOIMKOBAHHBIX
JAHHBIX MBI MPOBEJIN (PUIOTEHETHYECKUH aHAIN3 aMHUHO-
KHCJIOTHBIX ITocienoBarenbHocTeil OenkoB WOXS pasHbIx
BUJIOB PACTCHUM, KOTOPBIX II0Ka3aJl KOHCEPBAaTUBHOCTb 3TUX
MOCTIEIOBATENIFHOCTEH, a TAKKe CIeII(pUIecKue 0COOCHHO-
CTH Y HEKOTOPBIX BUJIOB, CBSI3aHHBIE KaK C 3BOJIIOLIUOHHBIM
MOPSIJIKOM, TaK U C OIPEACICHHBIMU YCIOBHSIMH OOUTaHUS
3THX BUJIOB.

Cpenu TO, 1151 KOTOPBIX YAI0Ch IPOBECTH MOUCK CaliTOB
CBSI3BIBAHUS, BBIICICHBI HanboJiee BEPOSTHBIC KaHUAAThI
B perynsaTopsl WOXS5, Tak KaKk MX CAalThI CBA3BIBAHUS TIPUCYT-
CTBYIOT BO BCEX MCCIEOBaHHBIX TpoMoTopax 30 BUAOB pac-
TEHHUH U pacroyaraloTcsi B KOHCEpBaTUBHBIX y4acTKax. JTO
oenxu msatu cemericts Td: AHBP, MADS, MYBL, MYBS,
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