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WOX (WUSCHEL-RELATED HOMEOBOX) — 3T0 ceMeiiCTBO TOMeOIOMEHCOIePXKAIINX TPAaHCKPUII-
LIMOHHBIX (hakTOpoB pacteHuii. beaku WOX nonaepXXuBaloT aKTUBHOCTb MEPUCTEM Pa3JIMYHOTO TUIIA, a
TakKe peryJampylor ¢opMUpPOBaHWE OPTaHOB PAaCTEHMIA, BV Ha Tiposidepanio u nudhepeHINPOBKY
KJIETOK B pa3IMYHBIX TKaHsX. M3yuyeHue cemeiictBa WOX MOXET 0Ka3aThCs MOJIE3HBIM TSI pa3paboTKU
METOIWK TpaHchopMallMi W pemakKTUPOBaHMUS TeHoMa pacTeHuil. B Hacrosiiem o630pe pacCMOTPEHBI
GYHKIIMY 1 MeXaHU3MbI pab0OTHl TPAHCKPUMLIMOHHBIX (hakTopoB WOX, X MUILIEHU, TTAPTHEPHI U PEryJisi-
Tophl. CemeiicTBO WOX MOXKHO pa3ae/nTh Ha TpU QMIIOTeHETUYeCK 000CO0ICHHBIE KJIaabl: TAK Ha3bIBa-
eMyl0 ApEeBHIOI0, IMpoMexXyTouHyo 1 Kiamy WUS. Kaxmoit 13 BeTBell ceMelicTBa IOCBSIIEH OTAEeIbHBIN
pasmen o63opa. Hambonee mogpo6HO paccMoTpeHEl TeHbl WOX Arabidopsis thaliana, ortmcaHbI TaKKe MX
OPTOJIOTH Y IPYTUX BUAOB pacTeHUii. [IpuBeneHbl CBOIHBIE TaOIUIIbI C U3BECTHBIMU MUILIEHSMMU, PETYJIsi-

TOpaMU U IIapTHepaMu 4WieHOB cemerictBa WOX.
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BBEAEHUWE

WOX (WUSCHEL-RELATED HOMEOBOX) —
3TO CEMEWCTBO TOMEOIOMEHCOMEepPXKAIINX TpaH-
CKpUITIMOHHBIX (pakTopoB (Td), yyacTByOIIUX B
peryJIsiliuM pocTa U Pa3BUTUSI pacTeHuil. B reHome
Arabidopsis thaliana obHapyxeHo 15 4jleHOB ceMeli-
crBa WOJX, Bkntouasi reH WUSCHEL (WUS), a Takke
reHbl WOXI1—14[1]. CemeiictBo WOX MoxxHO pa3ae-
JINTh Ha TpU OOJIbIIINE KJIadbl: TaK HA3bIBAEMYIO IPEB-
HIo10, Wt T1, B KoTOpyto monamaioT reHsl WOX10,
13 n 14 A. thaliana, npomexytounyto (T2), Bkiatoua-
ouyo WOXS, 9, 11u 12, v coBpemeHHy10 knany (T3,
wiu kinaxy WUS), kyna sxomsatr WUS u WOXI1-7 |2,
3]. CornacHo naHHBIM (PUJIOTEHETUYECKOTO aHAJIN3a,
BeTBb WUS BIlepBbIC IIOSIBUJIACH y OOIEro Ipeaka
Polypodiidae 1 Spermatophyta [4]. B To Xxe BpeMst
YJIEHBI TTPOMEXYTOUYHOM KJIaIbl MOXHO BCTPETHUTH Y
pacteHuii, HaunHas ¢ Lycopodiophyta [5], xoTs1, co-
IJIACHO OOHOMY M3 ITOCIECOHUX MCCIAEOOBAaHMI, OHU
BCTpPEYAIOTCS TOJIBKO Y CEMEHHBIX pacTteHuii [3]. I'e-
Hbl WOX npeBHeli BeTBU OOHApY>XMBAIOTCSI B T€HO-
Max pacteHuii, HaunHas ¢ Chlorophyta [6]. B HacTo-

sIIeM 0030pe pacCMOTPeHBI (YHKIIMU YWICHOB TaH-
HOTO CEMEeMCTBA M PEeTYISITOPHBIE MOMIYJIM, B COCTaBE
KOTOPBIX OHU pabOTaloT.

COBPEMEHHASA BETBb (T3/BETBb WUS)

B coctaB T® WOX coBpeMeHHOI KJ1aJibl BXOJIUT
HE TOJIbKO TOMEOIOMEH, HO M TaK Ha3bIBaEMbIiA
WUS-MOTHB, 0OBITHO HEOOXOINMBIH IJTST PYHKIINO-
HalbHOI akTUBHOCTU T®d, a HekKoTOpble (haKTOPHI
(WUS, WOX5 u WOX7) comepxaTt u gomeH EAR
(ERF-associated amphiphilic repression), o0iagaio-
1WA perpecCOpHOit aKkTUBHOCTHIO [3]. B ocHOBHOM re-
HBEI WOX coBpeMeHHO KJlaabl y4aCTBYIOT B PETYJISILINN
(YHKIIMOHMUPOBAHMS PA3IMIHBIX TUIIOB MEPHCTEM.

wus

®ynkuun WUS B Mepucremax moodera. ['en WUS
A. thaliana n3BecTeH B MepBYyIO ouepenb Kak paKkTop,
MOIePXKUBAIOIINN (HYHKIIMOHUPOBAHIE MEPUCTEM
rmobera 3a cuyeT CTUMYJISLIAU Hpoaudepaluid U Io-

! HononHuTenbHast ”HGOpMaLMs sl 3TOi ctaThk noctyrHa no doi 10.31857/50026898421030174 aist aBTOpH30BaHHBIX MOJIb30BATENICH.
Cokpamtenust: T® — tpaHcKpunuMOHHBIN pakTop; CD — coMatnueckuii amopuoreHes; [IAM — noGerosasi anvKajabHasi MEPUCTeE-
ma; KAM — kopHeBasi anukaibHass MepucteMa; OLl — opranusytomuii ueHTp; [T — mokosiuuiicst nentp; CIM — cpena mist THIyK-
uu pa3suTusi Kasutyca (Callus-Inducing Medium); SIM — cpena st unaykuuu passutust nodera (Shoot-Inducing Medium).
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naBiaeHust IuddepeHIIMPOBKU UX CTBOJIOBbIX KJIETOK.
WUS ¢dyHKUMOHUPYET B anMKaJIbHON MepUcTeMe
nobera (ITAM), MepucTeMe COLIBETHSI, Ma3yILITHBIX Me-
pucTeMax 1 MepucteMe BeTka. [TAM pacTenmii ¢ 1mo-
Tepeit dyHkuuu reHa WUS (wus- 1) ciocobHa naTth Ha-
yajio JIUIIb HEOOIBIIIOMY YUCITY JIMCThEB, MOCJE Yero
npekpaiaer pyHKIMoHUupoBaTh. Ha ee moBepxHOCTH
00pa3yroTcst HOBBIE MEPUCTEMBI, HO JTII00ast U3 HUX Ye-
pe3 HeOOJIbIION MPOMEXYTOK BpEMEHU MpeKpallaeT
CBOIO PaboOTy, U cuTyalus nopropsiercs. CXOIHbIMU
nedekTaMu 00J1agaloT MEPUCTEMBI COLIBETHI, a Me-
puUCTeMBbl LIBETKA Takxke IuddepeHIIUpYoTCs paHb-
1lI€, YeM B HOpMeE, U BMECTO IIECTU THIYMHOK U JBYX
TUIOJIOJIUCTUKOB (hOPMUPYIOT BCETO JIMIIb OJHY Thl-
yuHKY B 1ieHTpe [7]. [ToTepst dyHkuumn WUS Takxke
MPUBOAUT K CHUXEHUIO YacTOThbl 0Opa3oBaHUs Tia-
3YILIIHBIX MepucTteM. HanpoTtus, cTuMyisiiusi akTUB-
Hoctu WUS NpuBOAUT, B YACTHOCTU, K YBEJTUUECHUIO
pa3smepoB [TAM [8] 1 komyecTBa MAa3yIIHBIX MEpU-
creM [9].

WUS cnocobGeH He TOJbKO MoAAepKuBaTh (PyHK-
LIMOHUPOBAaHME MEPUCTEM I100OEra, HO U odecnedu-
BaThb WX WIEHTUYHOCTb. Tak, BKTonMU4YecKasi 3KC-
npeccusd WUS B oTHeIbHBIX KJIETKaxX KopHelt A. thali-
ana TIPUBOIUT K PAa3BUTUIO CTPYKTYpP, ITOJOOHBIX
ITAM, oGpa3yroiuux JUCTONOAOOHbIe opraHbl. I1pu
NO00aBJIEHNU ayKCUHA B Cpelly Ha KOHUMKax TaKuX
KOpHEil pa3BUBAOTCS COMAaTUYECKHE 3MOPUOHBI, a
Ha ¢oHe cBepxakciipeccun reHa LEAFY, perynsaTopa
LIBETEHUSI, — HEYNOPSIOUYEHHO PACTIOI0XEHHbBIE OP-
ranbl 1iBeTka [10]. B cucreme pereHepaliiu mooeros
U3 DKCIUIAHTOB TUNOKOTWIEH A. thaliana morepsi
¢y WUS nenaet HEBO3MOXKHOM pereHeparnio
1MOOEroB in Vitro, a ero U30bITOYHAST IKCIIPECCHUST MO-
JKeT MPUBOAUTH K pereHepalny 1moderoB Ha 6e3rop-
MOHaJIBbHOM cpene [11].

WUS HaumHaeT 3KCIIPECCUPOBATHCS YK€ B 3M-
OpHMOHE Ha cTaguu 16 KJIETOK BO BHYTPEHHUX KJIET-
Kax anuKajbHOro JoMeHa. B mocTtamGpuoHaIbHOM
pa3BUTHU 3TOT T'eH aKcIpeccupyercsa B [TAM u me-
pHUCTEME COLIBETHUS B KJIETKAaX OPTaHU3YIOIIEro 1IeH-
Tpa (OLI), a Tak:Ke B LIeHTPaJIbHOI YaCTU MEPUCTEMBI
nBeTKa. B xome pa3BUTHUS LIBETKA YPOBEHB 3KCIIPEC-
cun WUS nocrenenHo ymeHbmaercs, u ero PHK we
JNIeTEeKTUPYETCsl, KOTAa CTBOJIOBbIE KJIETKM MEPUCTE-
MBI OKOHYATEJIbHO pacXOAyIOTCSI Ha oOpa3oBaHUE
mimononnctukoB [12]. Taxke skcripeccuss WUS Ha-
O0maeTCs MPU 3aJI0KEHUU Ma3ylIHOW MEpPUCTEMBbI;
B XOle MaJdbHEeHIIero pa3BUTUs TOMEH SKCIIPECCUU
orpannmunBaetcd ee OLI [13]. Takum obpasom, TeH
WUS B MepucteMax 1nmo6era O0bIYHO OKa3hIBaeT BJIM-
sSTHUE HE Ha Te KJIETKU, B KOTOPBIX 3KCIIPECCUPYETCSI
(xtetku OI1), a Ha CTBOJIOBBIE KJIETKM, PACIIOI0KEH-
Hble Boile [ 12]. betok WUS crioco6eH MurpupoBaTh
n3 Ol B cocemHme KIETKH, X €r0 IPUCYTCTBUE B CJIO-
ax L1 n L2 BaxkHO 1151 BBIITOJTHEHUS ero (PYHKIII B
ITAM [14, 15]. WUS crniocobeH (popMupoBaTh TOMO-
JIVMEPBI, a €r0 ITOIBMXXHOCTD, BEPOSITHO, OTPAaHNYM -
BaeTCsI B TOM YMCJIC 3a cYeT roMoaumepu3annu [15].
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Optonoru WUS o6Hapy:KeHBI Y MHOXXECTBA BUIIOB
pacTeHuit, B TOM YKCIIE Y TOJIOCEMEHHBIX [ 16]. OGbIu-
HO TIaTTepHbI 9Kcnpeccuu u pyHkimu WUS A. thali-
ana v ero OpTOJIOTOB CXOAHEI, OTHAKO BCTPEYAIOTCS U
paznmuuus. Tak, opronoru WUS'y Medicago truncatu-
la, Oryza sativa v Zea mays 3KCIIpeCCUPYIOTCS B JIMCTO-
BbIXx npumopausix [17—19]. Ilpu sTom notepss pyHK-
muu oproJyiora WUS'y puca, rena MONOCULM3, vimm
TILLERS ABSENTI (TABI), He BIusieT Ha aKTUBHOCTD
ITAM, HO IPUBOOUT K HEAOPA3BUTHIO OOKOBBIX ITO0E-
roB, CBsI3aHHYIO C AedeKTaMHu IIpu 3aJI0XKEHUU
nasyuHbix MepucTteM [20]. TABI He 3KCIIpeccupyer-
ca B [TAM, Ho aKTMBEH B MEpHUCTEME COIIBETUS U TIPH
3aJI0KEHUM Ta3ylIHbIXx Mepuctem [20, 21]. DyHK-
uuto nopaepxxaHust [TAM y O. sativa BBITIOJHSIET APY-
roii reH cemeiictBa WOX — OsWOX4 (cm. HIXKe).
Ilpu cdopmupoBanuM Ta3ylIHBIX MepucteM TABI
SKCIPECCUpYyeTCs 10 00pa30oBaHMUs BUAVMOI IT1a3yIil-
HOII MEpPHUCTEMBI, B TaK HAa3bIBAEMOMI IIpeMepHUCTEMa-
TUYECKOM 30HE, B JAJILHEMIIIEM €r0 9KCIIPECCHUS UCUe-
3aeT, HO YK€ HETTOCPEACTBEHHO B Ma3yIIIHBIX MEPUCTE-
Max HaunmHaeT sKcnpeccupoBarbess OsWOX4 [20].

WUS n CLV3. HauGosnee M3BECTHBIM PETyJISITO-
pom oskcnpeccun WUS gBasercs CLE-nentup
CLAVATA3 (CLV3). I'en CLV3 skcnpeccupyercs B
neHTpaibHoi 30He ITAM m MepHCTEeMBI COLIBETHS
(Hag OII), u moteps ero GYHKIMU TPUBOJIUT K yYBE-
JmueHunio pa3mepa [TAM, koropast mpuoopeTaeT 60-
Jiee BbINYKJIYIO (hOpMY BCIEACTBME 3KTOMUYECKON
akcrnpeccuun WUS [22]. HanpotuB, cBepxaKchpec-
cust CLV3 npuBomouT K ocTaHOBKe pa3Butus [TAM u
K momaBieHMIO 3kcrpeccun WUS [23]. Penenmms
CLV3 ocyuiecTBisieTcsl ¢ MOMOIIBIO MEeMOpaHHBIX
peuenTOpHbIX KMHA3 C JIEHIIMH-00raTbIMU MOBTOpA-
mu, B yactHoctH, CLAVATAI (CLV1) u RECEPTOR-
LIKE PROTEIN KINASE 2 (RPK2), crocoGHbIX
¢dopmupoBats romoguMepkhl. B peneniu CLV3 Tak-
K€ Y4YacTBYeT KOMIUIEKC U3 PelenTOpOIoJoOHOro
MeMOpaHHoro 6ei1ka CLV2, He uMerolero KuHa3Ho-
ro noMeHa, 1 MeMOpaHHoI riceBnoknHa3el CORYNE
(CRN). ®deHOTUIIMYECKUE TIPOSIBJICHUS MyTalluii B
reHax, kogupyroiux 6eaku CLV1, RPK2, CRN unu
CLV2, cxomHbl ¢ (DEHOTUIIOM pACTeHMII C IIOTepeit
¢yakuuu CLV3. I[ToMruMO 3TOTO, TeHBI peeNTOPHBIX
kuHa3z u3 rpynnsl BARELY ANY MERISTEM
(BAMI1 u 2), KOTOphle B HOpME 3KCIIPECCUPYIOTCS
BOKPYT LIeHTpaJbHOU 30HBI [TAM 1 moamep:KuBaioT
€€ CTBOJIOBbIE KJIETKM, B ciydyae moTepu (DYHKIIUU
CLV1 HauyMHAIOT BKCIIPECCUPOBATLCS B LIEHTPab-
HOI1 30He. B 3TOM cityyae maHHBIE KWHA3bI CITOCOOHEBI
YaCTUYHO BbITOIHATh pyHKMu CLV1, mo-BuaumMo-
My, TakKe nepenaBasi curHan or CLV3 x WUS [24].
Ilyte manmpHelmeit nepegaun curHaima ot CLV3 mo
penpeccuu TpaHcKpunuuu WUS usBecTeH He N0
KOHIIa, OJHAKO BbIsSICHEHO, 4yTo B peuenuuu CLV3
ygacTByloT Takke KnHa3el CLAVATA3 INSENSITIVE
RECEPTOR KINASE1-4 (CIK1-4), neiicTBytoniue
mocJie IepeYrncIeHHBIX perenTopoB [25]. Apyrumu
TocpeTHUKAaMM B Tiepenade curHaiaa ot CLV3 k WUS
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asistorest ¢pocdarazer POLTERGEIST1 (POL1) n
POLTERGEIST-LIKE 1 (PLLI1) [26]. B Hopwme
CLV3 unrubupyet padoty ¢docharaz POL u PLLI,
akTUBaTOpOB 3Kcnpeccun WUS [27]. ®ochatuamnm-
Ho3uT-4-docdat (P1(4)P) ctumynupyeT akTMUBHOCTh
POL u PLLI. ITockoabKy IpM nepeaaye CUrHajaa ot
peuerrropoB, cBs3aBmmx CLV3, aktuBHocts POL u
PLL1 momxHa TomaBisITbCSI, MPEOIIOaaracTcsi, 4To
peuenTopbl MOTYT O0JIOKMpOBaTh MO0 cuHTe3 PI(4)P,
6o ero cega3piBaHne ¢ POL u PLL1 [28]. Apyrue
MpearnojaracMbie MOCPEIHUKM B Mepenade CUrHajia
CLV3 — G-6enku [29], MAP-kuHa3zer MPK3 u 6
[30], a Takke moHBI Kanblins [31]. B cBoto ouepensp,
T® WUS aktuBupyet akcrpeccuio reHa CLV3. Tak,
HampuMep, dKTonudeckas akcrnpeccuss WUS B ripu-
MOPAUSIX Pa3BUBAIOIINXCS IUCThEB IPUBOIUT K I10-
SIBJICHUIO B HUX KJIETOK, CXOHBIX C MEpUCTeMaTHUe-
CKMMM, B KOTOpPBIX 3Kcnpeccupyercs CLV3 [22], a
noteps dyHkoun WUS TIpuBOIUT K OTCYTCTBUIO MJTA
CHIDXXEHUIO aKTUBHOCTHU IpomMoTopa CLV3 [23]. DTk
JaHHBIE TOBOPST O CylllecCTBOBaHUU B ITAM cuCTEMBI
oopatHoii cBsg3nm WUS-CLYV, KoTopas orpaHNYNBaeT
30Hy akcnpeccuu WUS B OL1 [22] (puc. 1). AHajo-
TMYHbIE OTHOIIEHUSI MexXny oprojioramu WUS u
CLV3 na0momaroTcs TakKKe W Y OPYyTUX BUOOB, Ha-
npumep y Cucumis sativus [32]. WUS akTuBupyert
TpaHckpunuuto CLV3 [14], cBsi3bIBasiCh, B YaCTHO-
CTH, C IISITHIO OJIM3KO PACIIONIOXEHHBIMU PETYJISITOP-
HBIMU dJIeMeHTaMu B 3'-o0jactu reHa CLV3, korto-
pbie 00pa3yroT TaK Ha3bIBa€MBIil yuC-PETYISITOPHBIM
Monyib [14, 33]. AHaIM3 MyTallMii B 3TUX 3JIEMEHTaX
M1 cooTHeceHme ux ¢ adpduHHocThIO K WUS, a Takke
JIPyrye 3KCIIEPUMEHTHI MO3BOIWIN IIPEAIIONOKUTD,
YTO IIPU BBICOKOM KoHIeHTpauuu WUS dopmupyer
roMoauMephbl M moaasisieT 3Kkcnpeccuio CLV3, a B
clly4yae ero HM3KOii KoHLleHTpau MoHoMepbl WUS,
HampoTUB, CTUMYIUPYIOT 3Kcrnpeccuto CLV3. BOto
no3BoJIsieT He akTuBMpoBaTh CLV3 B Oll, HO akTUBU -
poBaTh ero B LieHTpajibHoM 30He I[TAM [33]. OnmHako
COTJIACHO JIPYyroMy MCCJIETOBAaHUIO, OCHOBHBIM (DaK-
TOpPOM, orpeaeastionm BiaustHrue WUS Ha 3KCITpeccuio
CLV3, aensotca 6enku HAIRY MERISTEM (HAM)
(cm. Hmke) [34]. WUS Takke MOmaBIsIET 3KCIIPEC-
cuto CLV1, cBA3BIBasICh C ero mpomMoTopom [35].

WUS u AGAMOUS. [pyroii peryasiTopHbIii MO-
IyJib, BKovatormuit WUS, cBsi3an ¢ reHoM AGAMOUS
(AG), xomupyomuM T® ¢ tomeHoM MADS, u pery-
JISIIME TepMUHALIIM MepUCTeMBI LIBeTKa. COorjaacHo
Monenu pasButusa uBetka ABCDE, AG — 310 TeH
kiacca C, oTBevaroIIurii 3a pa3BUTUE aHAPOLIES 1 -
Helies [36]. B pactenusix ¢ myranueit B rene AG, B OT-
JIM4Me OT paCTeHU TUKOTro TUIA, MEpUCTeMa IIBETKA
OoCTaeTcsl HeaeTepMUHUpPOBAaHHOM, M TeHel WUS n
CLV3 He 1IepecTaloT 3KCIIPECCUPOBATLCS Ha TTO3THUX
cragusx pa3Butus 1BeTka. AG B HOpMe IOIABIISIET
Tpanckpunuuio WUS, TeM caMBIM CITOCOOCTBYS Tep-
MUHALIMM Pa3BUTUSI MEPUCTEMBI LIBETKA I1OCJIE 3aJI0-
XKEHHUSI BCeX LIBETKOBELIX opraHoB [37]. WUS, neii-
CTBYSI COBMECTHO ¢ akTuBaTopoM 1iBeTeHus LFY, 3a-
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Puc. 1. Perynsropasriit Momysib WUS-CLV3 (06bsicHeHUsT
B TEKCTE).

ImycKaeT aKcnpeccuio AG, CBSI3bIBASICH C €TI0 JIOKYCOM
[37, 38]. Takum o6pa3zoM, TeHBI AG 1 WUS, cBsi3aH-
HBbIe MeTie 06GpaTHOM CBSI3U (PUC. 2), OTBETCTBEHHBI
3a TpeKpallleHue aKTUMBHOCTU CTBOJOBBIX KJIETOK
LIBETOYHOM MEpUCTEMbl U JIETEPMHUHUPOBAHHOCTH
nBetka. AG mopasisieT 3Kcrpeccuio WUS ¢ momo-
IIbI0 HECKOJILKMX nyTeii. B ogHoM u3 Hux AG akTh-
BUPYET TPaHCKPUIILHUIO TeHa, Koaupyloiiero Td
KNUCKLES (KNU) ¢ MOTUBOM LIMHKOBBIX ITaJIb-
ueB C2H2 u ¢ nomenom EAR [39], u rena T®D
MINI ZINC FINGER2 (MIF2) [40]. bBeiku KNU
n MIF2 B coctaBe KOMIUIEKCA C KOPEIIPEecCoOpoM
TOPLESS (TPL) u neanetmnazoit rucronoB HISTONE
DEACETYLASE 19 (HDA19) romaBisiioT 3KCIIpec-
cuto WUS, cBSI3BIBAsICh C €ro MpOMOTOPOM; aHaJIO-
TUIHEBIN peryIsITOPHBIN MOIYIb OOHApYXeH Ny Sola-
num lycopersicum [40]. Pennpeccust mokyca WUS nion
neiictBueM KNU onocpenoBaHa He TOJIBKO JealleTh -
ympoBanueM ructoHoB: KNU Ttakke peKpyTupyeT B
nokyc WUS kommiaekc PRC2 (Polycomb-repressive
complex 2), 4TO IIPUBOAUT K HAKOIUICHUIO perpec-
cupyromux Metok H3K27me3, a Takxke crmoco06-
CTBYET CHUXKEHUIO KOJIMYECTBA aKTUBUPYIOIIUX Me-
tok H3K4me3 B mokyce WUS un BoITeCHEHIIO GeIKa
SPLAYED (SYD) — aktuBatopa WUS (cm. Hike) [41].

AG Taxxe pemnpeccupyer WUS, cBsI3bIBasiCh C
PEryJIITOPHBIMU TTOCJIEN0BATEIbHOCTSIMU B €T0 JIO-
Kyce 1, BeposiTHO, pekpytupyst PRC2 [42]. Kpome
toro, AG B3aumozeiicTByet ¢ komrmoHeHtoM PRC1 —
oerkom TERMINAL FLOWER2 (TFL2)/LIKE
HETEROCHROMATIN PROTEINI (LHP1), Tak-
Ke yJacTByIOIIUM BO BHeceHnu MeTku H3K27me3.
Metonamu 3C u ChIP-3C noka3aHo, YTO B MEpUCTE-
Me nBetka AG m TFL2, cBA3BIBasICh IPYT C IPYTOM,
Ne 3
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couN
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Puc. 2. Perynsaropnsiit Momgyinbs WUS-AG (00bsicHEHUS B
TEKCTe).

YYacTBYIOT B 00Opa3oBaHUM XpPOMATUHOBOU METIU B
Jokyce WUS, TIomaBiisia TeM caMbIM SKCITPECCHIO
WUS [43]. B o6pa3oBaHMe TIETJIM BOBJICUYEHBI TaK Ha-
3piBaeMble CArG-00KCHI B 3'-perysiTopHoii o6J1acTu
WUS — caiithl cBs3bpiBaHust AG. UHTepecHO, UTO My-
tauuu B CArG-6okcax B jjokyce oprojiora WUS' y
S. lycopersicum — rena Locule number (Lc) — npuBo-
IISIT K TIOBBITIIEHUTO YPOBHS €T0 9KCIIPECCUM TIPU pa3-
BUTUM TIJIONOB M K YBEJIWUYCHUIO pa3Mepa Iiona u
yucjaa KaMep B HeM; HYKJICOTUIHbIE 3aMEHBI B 3TUX
JIOKycaX MOXHO OOHAPYKUTh Y MHOTUX KyJTBTHBHUPY-
eMBbIX COpTOB ToMarTa [44, 45]. Eiie oguH 6e10K, BO-
BJICUEHHBIH B peryisuuto jokyca WUS 6enkom AG —
AHK-tonouzomepaza IB MGOUN1/TOP1a, koto-
past ooseruaet cBsi3biBaHre AG ¢ WUS nocpeactBom
YMEHbIIEHUST KOJINUYECTBa HYKJIE€OCOM B JTaHHOM JIO-
Kyce, 9TO B KOHEYHOM cYeTe MPUBOIUT K ITOIABIIC-
HUIO 3KcIpeccun WUS [46].

TpeTtuit Bo3MoXHBbIit TIyTh perpeccuu WUS TO
AG cBsI3aH C JeUCTBMEM ayKCUH-YYBCTBUTEIbHbBIX
dakropoB. Myrauusa B reHe AUXIN RESPONSFE
FACTOR 3 (ARF3) npuBOIUT K pa3pacTaHUIO MeIU-
aJIbHOM YacTu TMHELIesl, UTO yKa3blBaeT Ha Hapylle-
HUE TepMUHAlLIMM MepucTeMbl 1iBeTKa. ARF3 nmonas-
JisileT akTUBHOCThL WUS B Mepucteme 1IBETKa, a CBsI-
3piBaHMI0 ARF3 ¢ mokycom WUS cnocooctByer AG
[47]. B To e BpeMs1 peryJisiTop pa3BUTHS 1IBETKA U3
rpynnbl A — reH APETALA2 (AP2), Konupylommii
T® us xmacca AP2/EREBP, neiictByeT Kak aHTaro-
HUctT AG. AP2 onocpeloBaHHO CTUMYJIUPYET 2KC-
npeccuto WUS, B TOM 4uciie, BEPOSITHO, TTyTeM Mpsi-
Moit peripeccun ARF3 [47].

C noMoIIpbl0 TNeHEeTUYECKOro aHajinu3a, OLIEHKU
B3aMMOJEUCTBUS OEJIKOB U APYIMX SKCIIEPUMEHTOB
moka3saHo, 9To AG, reH kinacca C, pyHKIIMOHUPYET B
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COCTaBe TETPaMEPHBIX KOMIUIEKCOB BMECTE C IPYTH-
MU OenkamMu ¢ foMeHoM MADS u3 ¢pyHKIMOHAJb-
HbIX rpymm B, D u E [36]. CortacHO maHHBIM TeHETH -
YeCKOro aHajin3a M aHajau3a 3KCIIPECCHUU OPTOJIora
WUS TERMINATOR (TER) y Petunia hybrida, nuimpb
coBMecTtHoe nevictBue T xiraccoB C, D 1 E moxxeT
nomaBUTh 3Kcrpeccuio TER B MepucTeMe IBETKA
[48]. DTH paHHBIEC U pe3yabTaThl TCHETUYECKOTO aHa-
JI3a OPYyTUX BHUAOB MO3BOJISIIOT IIpeariojiaraTh, 4To
AG 1 ero opToJOTH TIOAABIIIOT 3KcIpeccuto WUS
WINA €ro OPTOJIOrOB B COCTaBE TETPAMEPHOIO KOM-
niekca [49, 50].

Jpyrue 6enkoBbie peryasropsl WUS. Dkcripeccuio
WUS perynupytot He Toibko AG u CLV3, HO 1 MHO-
KeCcTBO Apyrux ¢akTopoB. B yacTHOCTH, K TIpearo-
JlaraeMbIM MpsIMbIM penpeccopaM WUS oTHocsITCS
ULTRAPETALAl (uucreuH-6oraTelii 0eloK C
B-6okcom u JIHK -cBs3piBaronium gomeHoM SAND)
[51, 52] u cIOCOOHBIN K B3aMMOACUCTBUIO C HUM
ULT1 INTERACTING FACTOR 1 (UIF1) c Myb-n
EAR-nomenamm [53]. Tloteps odyukummu ULTI
u/vnu UIF IpuBOIUT K Pa3BUTUIO IIBETKOB C YBEJIM -
YEeHHBIM KOJIMYECTBOM YaIICJINCTUKOB U JICIECTKOB
[53]. UIF1 crmmocobeH CBSI3BIBATHCS C IIPOMOTOPOM
WUS. MoxHo npenmnonoxutb, uro UIF1 u ULT1
B3aUMOIEUCTBYIOT APYr C APYTOM U PENPECCUPYIOT
aktnBHOCTb WUS B MepuctemMe 1iBeTKa [53]. Cornac-
HO JaHHBIM T'€HETUYECKOro aHaJin3a, TIpu pa3BUTUU
couBeTuil 1 (popMupoBaHUU MepucTeM IBeTka WUS
IeMCTBYET B TOM 4ucJie yepe3 nogasienue ULT1 [51].

BaxxHbiM perynsgTopoM pa3Butus [TAM sBnsiercst
takxe reH STM (SHOOTMERISTEMLESS). I1oka-
3aHO, 4To B perynssuuu [TAM STM v WUS neiicTBy-
IOT mapajieJibHO, IPU 3TOM OHU HEOOXOIMMbI IS
HOpPMAaJILHOM 3Kcrpeccun Apyr apyra [12, 54, 55].
Pe3ynbraThl MHOTOUMCIIEHHBIX MCCIENOBaHUI yKa-
3bIBAlOT Ha CBSI3b MEXAY IPYTUMU peryasTopaMmu
paszsutus [TAM — T® HD-ZIPIII — u renom WUS.
AHanu3 pacteHuii ¢ myrauueii cnal B rene CORONA
(CNA), xogupytomiem T® cemeiictea HD-ZIPIII,
pacTeHuii ¢ MyTauuei jba 1D, njist KOTOPBIX XapaKTepHa
cBepxakcnpeccust reHa MUKpoPHK (miR166G, pe-
npeccop reHoB HD-ZIPIII), u codeTaHusI 3TUX MyTa-
Wi ¢ MyTalie wus-1 TOBOPUT O HETATUBHOM pery-
gsauuu akenpeccun WUS dakropamu HD-ZIPIII
[56, 57]. Tem He MeHee, MOKA3aHO MPSIMOE CBSI3bI-
Banne T@® HD-ZIPIII PHABULOSA (PHB),
PHAVOLUTA (PHV) u REVOLUTA (REV) c noky-
coMm WUS B xonie pereHepaliuy od0eroB U ux B3auMo-
neiicteue ¢ T® ARABIDOPSIS RESPONSE REG-
ULATOR (ARR) tunma B (ARR1 u ARR?), npsimbiMu
aktuBaTopamu WUS (cm. manee). Ot TO HD-ZIPIII,
kKak 1 ARR1 m ARR2, BaxXHBI 1J1 pereHepalnu,
XOTsI pa3Hble COYETaHMs MYTallMii B 3TUX TreHax
MPUBOAST KaK K CHUXEHUIO, TaK 1 K MOBBIIIEHUIO
CITOCOOHOCTH K pereHepaiunu nmooderos. [lpenmona-
raetcsi, 4To ARR tuma B u ykazanneie HD-ZIPIII
00pa3yloT KOMILUIEKC, KOTOphIii akTuBupyetr WUS B
xone pereHepaluu, omHako BaussHue HD-ZIPIII na
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pasButue [TAM m Ha skcrnpeccuio WUS B neiom
HeogHo3HayHo [11]. Takxe HD-ZIPIII moryr,
MO-BUIUMOMY, JeiiCTBOBaTh HA MEPUCTEMBI mobera
He ToabKo dYepe3d WUS: omHOoBpeMeHHas TOTeps
dynkuuu PHB, PHV 1 CNA npuBOIUT K YaCTUIHOMN
cyrnpeccun (peHOTUNAa MYTAaHTOB Wus-1 1 YaCTUYHO-
My BoccTaHoBineHno [TAM [58].

HN3ygenune opronoroB WUS'y npyrux BUIOB 1O3-
BOJIMJIO OOHAPYKUTH ellle HeCKOJILKO TM, peryaupy-
IOIMX SKCIPECCUI0 JAHHBIX OPTOJIOTOB IyTEM CBSI-
3bIBaHMUS C WX JIOKycamH: crnenudmieckas gopma
T® ¢ nomenom MADS CsFRUITFULLI1 — aktuBa-
top CsWUS y C. sativus [32], T® wu3 rpynisl
AP2/ERF EXCESSIVE NUMBER OF FLORAL
ORGANS (ENO) — penpeccop Lc (SIWUS) y S. lyco-
persicum [59], PtrTALE12 — aktuBatop P#WUS y
Populus trichocarpa |60].

WUS u ¢uroropmonnl. Bzaumoneiictsuio WUS u
(UTOrOPMOHOB, IJIaBHBIM 00Pa30M ayKCUHOB U 1M~
TOKUHWHOB, MOCBSIIIEHO MHOXECTBO paboT. Cur-
HaJbHBIE ITYTU TMTOKMHUHOB 1 WUS cBsI3aHBI APYT C
JIIPYroM TIOJIOXUTENbHOI oOpaTHO# cBsi3blo. WUS
nonasJsieT 3KcIpeccuio reHoB ARR tuna A (ARRS, 6,
71 15), KomUpyIOIIUX perpeccopbl OTBETa Ha IIUTO-
KWUHWHBI, TAKK€ TTOATBEepXKAeHO cBs3biBaHue WUS ¢
npoMotopoMm TeHa ARR7. Takum ob6paszom, WUS
NeCTBYET KaK CTUMYJISITOP Mepefadyv HMTOKMHUHO-
Boro curHaia [61]. Tem He MeHee, JaHHBIE TEHETHUYE-
CKOro aHaju3a U MaTeMaTU4yeckKoe MOoJeUpOBaHUE
ToKa3bIBaloT, 9To WUS, BeposITHO, HETaTUBHO BIIUSIET
Ha CUHTE3 LIMTOKMHUHOB (BO3MOXHO, TTOCPEIACTBOM
penpeccun reHa LONELY GUY 4 (LOG4), xonupyio-
mero (hepMeHT aKTUBALIMK LIUTOKUHUHOB) [62].

O06paboTKa pacTeHUI IMTOKMHUHOM ITPUBOONT K
YBEJIMYEHUIO YPOBHSI akcnipeccuu WUS, K paciiuvpe-
HHIO JOMEHA eT0 AKCIPECCUHU U K MOSIBISHUIO (heHO-
THUIIA, CXOIHOTO ¢ (DEHOTUIIOM PACTCHMI C MyTallMsI-
MU B reHax CLAVATA [63, 64]. KpoMe TOTO, LINTOKM-
HMHEI CITOCOOHBI cTabmin3upoBarb 0e1ok WUS, tem
CaMbIM CTUMYJIMPYSI €r0 pacIIipoCTpaHEHUE B KJIIETKH,
B KOTOphIX TeH WUS He skcnpeccupyetcs [65]. ITat-
TEPH LIUTOKUHUHOBOTO O0TBeTa B IIAM cxoneH ¢ nat-
TepHOM 3Kcnpeccuu WUS, a moMeHBI 3KCIIPECCUH
AHK4 (reH peuenTtopa HUTOKMHUHA) 1 WUS 3Hauu-
TeJIbHO MepeKphIBAIOTCI MeXay coboii [63]. [Tpomo-
Top reHa LOG4, xongupyromero ¢gepMeHT, aKTUBUPY-
oL HUTOKUHUHEBI, paboTaeT B cioe L1 B ITAM,
YTO II0O3BOJISICT IIpeAIiojaraTh HaJaudue MCTOYHMKA
aKTUBHBIX (DOPM LIUTOKMHUHOB B 3TOM ciioe. I1pen-
roJiaraeTcsi, YTo Mecto 3kcnpeccuu WUS u, coort-
BercTBeHHO, To3utst Oll B TTAM mmHaMmdeckmn
ONpEeNeIISIIOTCSI KOMOMHUPOBAaHHBIM aHTAarOHUCTH-
YEeCKMM BJIUSTHMEM KOHIEHTpalMii LIMTOKWUHUHA U
CLV3 u ycTtaHaBIMBAIOTCS B 30HE, INie COAepXKaHUE
OUTOKWHWHOB, TTOCTaBIsieMbIX 13 L1, emie gqocrarou-
HO BBICOKO, conepxaHue CLV3 yxe mocTaTo4yHO Ma-
JIO, a TakKXe IIPUCYTCTBYET PELENTOpP HUTOKMHUHA
AHK4 [62].
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T® ARR tuna B — nojoxuTenabHble PEryaSITOPbI
LHUTOKWMHWHOBOIO oTBeTa — B yacTHOocTH, ARRI, 2,
10 u 12, akTuBMpyIoT 3Kcnpeccuto WUS B xone pere-
Hepalnu 1moberos, B [TAM [66—68] 1 npu 3amoxe-
HUM na3ymHbix MepucteM [9]. IIpu aToM LIUTOKMU-
HUH cTuMyaupyert cBsizbiBaHrue ARR ¢ nokycom WUS
[68, 69]. Hapymienue paborel ARR B-Ttuma nmpuBo-
IUT K IIOABJICHUIO 3THX IIPOIIECCOB M K YMEHBIIIe-
HUto pasmepa ITAM m3-3a CHMKEHMS YpPOBHSI 9KC-
npeccun WUS [9, 11, 66, 69]. Tem He MeHee, a3 deKT
ARR B-tumna Ha pereHepaluio He BCera OTHO3HAYEH.
Tak, pacrenust ¢ morepeit pynkunm ARRI xapakre-
PU3YIOTCS MOBBIIIIEHHOK CIIOCOOHOCTHIO K KaJlIyCo-
0o0pa3oBaHUIO U I100ero00pa30BaHUIO0 KOPHEBBIX
9KCIUIAHTOB, a CBepxaKcIpeccus reHa ARRI cHIDKaeT
3Ty COCOOHOCTh. OIHAKO B OTCYTCTBHE (DYHKIINO-
HaibHOTO ARRI2 ARRI, HanpoTUB, CTUMYJIHPYET
nmoberoodbpazoBaHue. Ero mHrubupymoimmii adexr
Ha pereHepaluio CBsI3aH, B YaCTHOCTH, C TEM, YTO OH
BeITecHsIeT ARRI12 u3 nokycos CLV3 u WUS — ctu-
MYJISITOPOB MOOEroodpa3oBaHusl — Oyay4du TTPU 3TOM
He TakuM 3(P(GEeKTUBHBIM CTUMYJISITOPOM 3KCIIpeC-
cun, Kak ARR12 [70].

B3aumnoe Bmussaue WUS u aykcMHOB HE OIHO-
3HayHO. B ITAM ayKCUHOBBII OTBET JIOKAJIU3YETCS B
MEePBYIO ouepelb B IPUMOPIUSIX JTUCThEB, a B CTBOJIO-
BBIX KJIeTKaxX LICHTPAJIbHOM 30HBI HAOJIIOHAETCS €To
MUHUMYM. TeM He MeHee, ITOIaBJIEHUE IEHCTBUS
aykcuHa B [TAM 3ayacTylo IpuBOAUT K €€ TepMUHA-
nuu. TakuM o6pa3zoM, CTBOJIOBBIE KiteTKU [TAM Tpe-
OyIOT IUISI CBOEro IIOAAEpXKAaHUS ONpPeae]IEHHOTO
ypoBHS ayKcuHOBOTO orBeTa. WUS crmocobeH Hemno-
CPEICTBEHHO PETYJINPOBATh KCITPECCUIO MHOXECTBA
TCHOB, CBSI3aHHBIX C ayKCMHOBBIM OTBETOM W CUHTE-
3oM aykcuHa: TIRI, MONOPTEROS (MP)/ARF5 n
npyrux ARF, TARGET OF MONOPTEROS6/TMOG6,
TRYPTOPHAN AMINOTRANSFERASE RELATED?
(TAR2). Takum o6paszom, WUS mnopaepXuBaeT B
ITAM ypoBeHBP ayKCMHOBOTO OTBETa Ha CTAOMIBHO
HM3KOM, HO HE HyJIeBOM ypoBHe [71].

BnusitHue aykcuHa Ha 3kcnpeccuio WUS nsydeHo
B pa3IMYHEIX CUCTeMax pereHepauuu. B gwactHOCTH,
IUIST pereHepalny II00EToB in Vitro SKCIJIAHTBI YaCTO
KyJIBTUBHUPYIOT CHayaja Ha cpefie C BBICOKMM COIep-
xkaHueM aykcuHa (CIM, callus-inducing medium), a
3aTeM Ha cpelle ¢ BEICOKMM COAep>KaHUEM ILIMTOKM-
HuHa (SIM, shoot-inducing medium). IloxsipHbiii
TPaHCIIOPT ayKCWHA, HYXHBIM WIsT (hOpMUPOBAHUS
ero rpagveHTa, HeoOXOAUM MJIsl aKTUBALIMU TPOMO-
topa WUS Ha SIM [72]. HeobxomumMocTh onpeneicH-
HOI KOHIIEHTpalluM ayKCUHAa il sKcrnpeccun WUS
rokKazaHa W B CUCTEeMe IOJIyYeHUs COMaTUUYEeCKUX
sMOpuroHoB. O6pa3oBaHNE AYKCMHOBBIX MaKCUMY-
MOB CHayaJjia B OyayIeM almKajJlbHOM JOMEHE coMa-
TUYECKOro 3MOpHOHA, a 3aTeM B Pa3BUBAIOIIMXCS
MPUMOPAUSIX CEMSIIOEH KOPPEIUPYET ¢ aKTUBaLeit
npomoropa WUS B 30He, cooTBeTcTBYIoNIcii [TAM
[73]. Hapyimenme aykCMHOBOTO OTBETa IPHUBOOUT K
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YTO MOTI'YT PACCKA3ATDH BEJIKHN WOX

U3MEHEHUIo JoMeHa 3kcrpeccun WUS v K nonasie-
HU1IO (hOPMUPOBAHUST COMATUYECKUX SMOPUOHOB [74].

Dnurenerndeckue peryiasaropst WUS. B perynsiinu
WUS y4acTBYIOT Take MHOTME 3IUIeHEeTUYeCKue
daxropsl. Tak, MyTallMM B pa3IMYHbIX FeHaX, KOAM-
PYIOIIUX 3IUTeHETUYECKUE PEeIPecCcophl, TAKUE KakK
MmetwiaTpaHcdepaza ructoHoB KRYPTONITE,
JHK-metrrpancdepaza METHYLTRANSFERASEI1
(MET1) u npyrue, IpuBOAAT K IMTOBBIILIEHHOMY YPOB-
Hio aKkcnpeccun WUS B Kajlycax U yBeJIMYEHUIO
CKOPOCTH pereHepaluu NoderoB U3 TaKMx KaJlJlycoB,
YTO MpeArojiaraeT BaXXHYIO POJIb SMUTeHETUYECKUX
Monucdukaluii B aktusauuu WUS B xone pereHepa-
uuu [75, 76]. B masyxax MoOJIOABIX JIUCTHEB B JIOKYyCE
WUS HabmonaioTcs BRICOKME YPOBHU PEIIPECCUPYIO-
meit MeTkn H3K27me3 n HU3KMe ypoBHU aKTUBUPY-
foneit MeTk H3ac, B To BpeMsi Kak B Ia3yxax 3peJibixX
JIUCThEB, B KOTOPBIX (POPMUPYIOTCS TA3YIIHBIE Me-
pucteMsbl, ypoBeHb H3ac Bo3pacrtaer, a H3K27me3 —
CHUXAETCS, 4YTO JieJJaeT BO3MOXHOI aKTUBAaIIWIO
WUS u dhopMupoBaHue Na3ylIHbIX MepucTeM [9].

K umcny snureHeTUYeCKWX aKTHMBATOPOB 3KC-
npeccuu WUS MOXHO OTHECTU XpOMaTUH-peMoJie-
spytomnii pakrop SPLAYED (SYD) u3 cemeiictBa
SNF, koTopslii cBSI3bIBaeTCS ¢ ipoMoTopom WUS. YV
pacteHuii ¢ rmorepeit pyHkumu rexa SYD Habmona-
ercs 0oJsiee paHHSsIS TEpMUHALIUSL MEPUCTEMBI COLIBE-
TUSI U YMEHbIIIEHUE YPOBHS aKcnpeccuu WUS B Hel
[77]. Benok BARD1 (BRCAIl-associated RING do-
main 1), uiu ROWI (REPRESSOR OF WUSI1),
CocoOeH CBS3BIBATHCS € YYACTKOM IIPOMOTOpA
WUS, onu3kuM K caiity cBs3biBaHusa SYD, a Takke
B3anMopeiictBoBaTh ¢ SYD, omHako mpu 3TOM OH
siBJsieTcs pernpeccopom WUS [78]. BaussHue Ha nat-
TePHBI U YPOBEHDb 3KcTipeccuu WUS BbIIBIEHO TIpU
U3YYEHUHU MHOXECTBA [PYIMX OSIUICHETUYECKUX
peryiastopoB u T®, takux kak FASCIATAL u 2
(cyobenmHULbl hakTopa coopku xpomatuHa CAF-1
(Chromatin assembly factor-1)) [79], AtRINGla u
AtRINGI1b (xkommoHeHTsl KoMIiuiekca PRCI1) [80],
FILAMENTOUS FLOWER u YABBY3 u3 cemeii-
crBa YABBY [81], HANABA TARANU u3 cemeii-
ctBa GATA [82], T® OBERONI1-4 ¢ PHD-nomeHoM
(plant homeodomain) [83] u apyrue.

®usnogornyeckue peryasaropel WUS. OGHapyxe-
HO BIIMSIHUE psla HEOEJKOBBIX BEILECTB, a TaKXKe
¢dakTOpOoB OKpyXawlleid cpeabl Ha 3KCIIPECCUIO0
WUS. Taxk, cynepoKcua-aHUOH, CoIepKaHue KOTO-
POro IOBBIIIEHO B LIeHTpaabHOM 30He [TAM, cTUMYy-
Jupyet 3kcmpeccuto WUS, a mepokcua Boaopona,
KOTOPBIM KOHIIEHTPUPYETCS B IepudepruIecKoii 30-
He [TAM — nmonaBaser. Hapymenue 6amanca JaHHBIX
BewiecTB B [IAM MoxXeT NpMBECTU K UBMEHEHUIO e¢
pa3Mepa Wi gaxe K repmuHanmu [84]. Kpome Toro,
aKTUBHOCTH mpoMoTopa WUS B mpopocTKax CTUMY-
JMpyeTcsl mpoayKTamMu (poTocuHTe3a (caxaposa), a
TaK:Ke YpOBHEM OCBellleHHOCTH. MHTepeCcHO, YTO akK-
TUBHOCTHL phyB, ¢puTtoxpoma, oTBeUaromero 3a Boc-
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MIPpUSTHE KPAaCHOIO CBETA, B Me30(hWIe, SIUICPMU-
Ce WIU NPOBOASIIMX TKAHSIX CTUMYJIUPYET aKTUB-
HocTb npoMotopa WUS B TTAM. Takum o6paszom,
BEPOSITHO, CYIISCTBYET HEKWIA MOOMJILHBIN CUTHAJ,
KoTophIii TIepeHocutcs B ITAM u akTuBUpYeET ee
paboTy 1ocie BocupusaTus cBeta. OQHUM U3 Iepe-
IaTYNKOB aKTUBHpYoIIeTro curHana Kk WUS ot cBe-
Ta U NPOAYKTOB (hOTOCUHTE3a, SIBJISIETCS KMHAa3a
TARGET OF RAPAMYCIN [85].

HWunie vmumenn WUS. WUS noanep:kuBaeT CTBO-
JoBble KieTKu ITAM He TOJbKO 3a cYeT B3auMomeli-
CTBMSI C CUTHAJIbHBIMU MYTSIMU IMTOKUHUHOB U ayK-
CUHOB, HO U C TTOMOIIbIO PETYJISLMU 3KCIIPECCUU
MHOXXECTBAa IT'€HOB, KOAUPYIOIINX pasiudHbie TO.
Cpenu nipssmbix MuiieHeir WUS oOHapy>KeHBI TeHBI
T®, crumynupyronux muddepeHINPOBKY, BKIIIO-
qyags KANADI1 (KAN1), KAN2, ASYMMETRIC
LEAVES?2 (AS2) u YABBY3. B nopme WUS murpu-
pyeT B niepudepuyeckyto 30Hy [TAM, nmonasJisisi 3KC-
MPECCUI0 TE€HOB, OTBeYaroluX 3a nuddepeHIpoB-
Ky, B TO BpeMs Kak TdD, kogupyeMble STUMU TeHaAMH,
B yacTHocTu KAN 1, HarpoTUB, OrpaHUYUBAIOT DKC-
npeccuto WUS, nenast ee BO3MOXHOI TobKo B Ol
[86]. WUS Ttakxke nonasisger B I[TAM reHbl IpYIIIbI
HECATE (HEC), xomupywoine T HU3 TpynIibl
bHLH, cBsI3BIBasICh C UX JTOKycaMH. AHa/IN3 MyTaH-
TOB MOKa3biBaeT, uto HECI, 2 m 3 neiicTByIOT Ha
ITAM cxogaeiM ¢ WUS obpa3oM, 0OgJHAKO ITPU 3TOM
OKAa3bIBaIOT IIPOTUBOMNOJIOXHBIA 3(P¢heKT Ha TEHHI,
perymupyemble WUS. Tak, manpnmep, HECI1 aktu-
BUpYET 3KcIpeccuto reHoB ARR tuna A. Takum o0-
pazoMm, HEC1 moxeT BoinmonHsTh B [TAM nBOSIKYIO
(YHKIIMIO, C OTHOM CTOPOHBI, CTUMYJIMPYS IIPOJI-
depalio CTBOJIOBBIX KJIETOK 3a CYET aKTUBAaIlUU
crreunprIeCKNX MUIIIEHEN 1 IeiiCTBYsI HapauIeIbHO
WUS, Ho ¢ npyToii, TOgaBIIsIsI €€ ¢ TOMOIIBIO IPYTUX
MEXaHU3MOB, B YaCTHOCTH, 32 CUET PEIIPECCUU LIUTO-
kuHUHOBOTO oTBeTa [87]. CaWUS, opronor WUS y
Cicer arietinum, TakXe CBSI3BIBA€TCSI C TIPOMOTOPOM
reHa, kogupytoiiero CabHLH121 — T® u3 rpynmsl
bHLH, BoBIeueHHBII B KOHTPOJIb pa3mepoB [TAM u
pacTteHus B 1iesioM [88].

ITapTaepst WUS. Pa6ota WUS B [TAM ocyiiiecTs-
JIsieTcsl B TOM YHMCJIe 32 CUeT B3auMOJIECTBUS C Oe-
KaMu-naptHepamu. OJHUMU U3 IMEPBBIX 00papyKeH-
HEIX KoakTopoB WUS ObLIN GEJIKI-KOPEIPECCOPHI
TOPLESS (TPL) u TOPLESS-RELATED 1 (TPRI1),
214 (89, 90]. CriocoOGHOCTBIO K B3aMOACHCTBUIO C
opronoramu TPR ob6mamaer opronor WUS puca —
6e1oxk MONOCULM3 (MOC3) [91]. DkcniepuMeH-
ThI TTI0 KOMILJIEMEHTALUW MYTAaHTOB wus- I TIOKa3aJiu,
yto 11 BemojHeHuss WUS cBoux ¢GyHKIIMIT TpeOy-
ercsa ero B3aumopeicreue ¢ TPL (mim, Bo3aMoXHO,
TPRI1, 2 u 4) [92]. benku rpynnsl TOPLESS ocy-
LLIECTBJISIIOT PEMPECCUI0 TPAHCKPUIIIIMM 3a CUeT B3a-
MMONIEMCTBUS ¢ AealleTuaa3aMu TUCTOHOB [93]. Ak-
tuBanusit WUS npuBOIUT K U3MEHEHUIO YPOBHS alie-
TWIMPOBAHUSI TUCTOHOB B OOJIBIIOM KOJWYECTBE
JIOKYCOB, C KOTOPBIMU OH CBsI3bIBaeTcs [71], 4ro, Be-
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pPOSITHO, U IPUBOAUT K UX perpeccr JaHHbIM Td.
ITpu sToM WUS HenocpencTBEHHO aKTUBUPYET KC-
npeccuto TPL v nogasisieT akcnpeccuto TPRIn 2[35].
WUS rtakxke Moxer B3aumoneicrtsoBatb ¢ TO
HAIRY MERISTEMI1-4 (HAM1-4) ¢ nomeHOM
GRAS. Pacrenust ¢ myrauusimu ham 1, ham?2, ham3 n
ham4 nMeroT yKopodeHHBIE KOPHHU, Y HUX Ha0Omona-
eTcsl ocTaHoBKa pa3BuTus ITAM u HapyIllIeHO pa3BU-
THE COCYIMCTHIX TKaHeit. Takum obpazom, HAM1—4
HeoOXomuMbl, B YAaCTHOCTHM, [UISI NOAASPKAHUS
dynkunonupoanust ITAM. JJoMeHBI aKTUBHOCTH
npoMoTopoB HAM 1 1 2 1iepeKpbIBaIOTCS C TOMEHOM
akTUBHOCTHU IpoMoTopa WUS. YpoBeHBb 3KCIIpEeCCUN
npssMbIX MuieHeir WUS usMeHsieTcss CXOIHBIM 00-
pa3oM B MyTaHTax wus- I unu ham I ham2 ham3, v ObI-
JI0 ToKa3aHo, 9To HAM?2 cBsI3BIBaeTCsI ¢ HEKOTOPBI-
MU U3 3TUX JIOKYCOB B T€X K€ y4aCcTKaxX, B KOTOPHIX C
HumMu cBsasbiBaeTcst WUS [94]. CoBMecTHOe yyacTue
HAM u oprosiora WUS (TERMINATOR) B mognep-
xanuu ITAM oGHapyxeHo Takxke y P. hybrida [95].
Tem He menee, HAM1 u 2 B otsmune ot WUS, 110-
nmaBasgoT s3kcnpeccuto CLV3. Tloreps ¢dpyHkonm re-
HOB HAM vy OTCyTCTBUE TpagueHTa UX DKCIIPECCUN
(uTo HaOMIOIACTCSI, HAIIPUMED, TIPU 3aJIOXKESHUU TIPU-
IaTOYHBIX MEPUCTEM) IIPUBOIUT K (hOPMUPOBAHUIO
narTepHa 3kcrpeccun CLV3 ¢ MAaKCUMyMOM B 30HE
akcrnpeccun WUS. DTy naHHbIE, a TaKXe MaTeMaTH-
YeCKOe MOIEIMPOBaHNE MO3BOJISIOT IIPEAIIOIOXUTD,
yto rerepoaumepbl WUS-HAM mnopaBisiioT 3Kc-
npeccuto CLV3, a moHOMepbl WUS — akTUBUPYIOT
[34]. K mpenmonaraembeiM maptHepam WUS u ero op-
TOJIOTOB MOXHO TaKXKe€ OTHECTH OEJIKM M3 TPYIIIIbI
SQUAMOSA PROMOTER BINDING PROTEIN
y Glycine max [96] u A. thaliana, T® u3 rpynmnsl
CmCYC2 (cemeiictBo TCP) y Chrysantemum mori-
folium [97] u T® DRINK ME c nomeHom bZIP y
A. thaliana [98].

Hnbie pynkmmmn WUS. WUS ygacTByeT He TOJIBKO
B TTOJIep>KaHUW MEPUCTEM TTobera, HO U B psifie Opy-
TUX acIeKTOB XU3HU pacTeHus1. Tak, MpOpOCTKH C T0-
Tepeil pyHkim WUS uMeroT yKOPOUYEeHHbII TUIIOKO-
TWJIb U3-32 CHUKEHUSI THTEHCUBHOCTHU TTpoJiidepalim.
WUS gBnsieTcss HemocpeACTBEHHbIM aKTMBAaTOPOM T'eHa
GRP23 (GLUTAMINE-RICH PROTEIN 23), xonupy-
oliero siaepHelit 6en1ok ¢ PPR-MotuBoM, B3auMo-
neicrByromuii ¢ PHK-monumepazoii II. benok
GRP23 ommocpenyer Biustae WUS Ha miHy THTIO-
kotwis [99]. Myranust jam B mpoMoTtope reHa WUS
MPUBOAUT K CHUXXEHUIO YPOBHS 3kcnipeccuu WUS u
K Pa3BUTUIO PACTEHUIA, Y KOTOPBIX HE (POPMUPYIOTCS
JIUCThSI OBEHWIBLHOTO (heHOTUTIa (C MEHBIIIUM KOJIU-
YEeCTBOM TPUXOMOB U 0oJjiee MPOCThIM XKUJIKOBaHU-
eM) [100]. ITomoGHEIT 3P deKT 00yCIOBICH CHUXKE-
HUeM y pacTeHuli ¢ mytauueil B reHe WUS ypoBHs
skcrnpeccun reHa MUKpoPHK miR156 (perynsitop
nepexona U3 IOBEeHWJIbHOM (a3sl B (a3y B3pOCIOro
¢deHoTUIa) U yBEIUUYEHUEM YPOBHSI KCIIPECCUHN Ol -
Hoii u3 muieHeir atoit MukpoPHK — rena SPL9
(SQUAMOSA PROMOTER BINDING PROTEIN-
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LIKE9) — B [1AM u npumopnusax nuctbes [101]. ¥V
HEKOTOpPhIX BUAOB opTojoru WUS eiie 0ojee cy-
IIECTBEHHO BJIUSIIOT Ha pa3BUTHE JUCThEB. Tak, y
pacteHuit M. truncatula ¢ motepeil GyHKIMHU TeHA
HEADLESS (HDL) — optonora WUS, moMumo I1po-
yero, yMmMeHbllieHa JJIWHA JIUCTbeB M M3MEHEeHa UX
¢dopma, 4TO, BO3MOXHO, CBSI3aHO C HapylleHUEeM
TpaHCIIOpTa ayKCHHA U NTaTTEPHOB OTBETA HA ayKCUH
[17, 18].

WUS BausieT Takke Ha (peHOTUM LIBEeTKa, eii-
CTBYSl HE TOJILKO KaK peTyJsiTOp pa3BUTUS €T0 Me-
pUCTEMBI, HO U KaK HEMOCPEICTBEHHbI yUYaCTHUK
pa3BUTUSI OpraHoB IBeTkKa. Tak, BKcIpeccus
WUS obHapyXeHa B pa3BUBAIOIIMXCS ITBIJILHUKAX
MEXIY NbUIbIIEBBIMU FHE3IAMU U TTO3HEE, B XO/I€
pa3BUTUS TBIYMHKU, — B epudepudecKux KieT-
Kax NbUIBHUKOB [56, 102]. [IbLIbHUKY pacTeHUI C
notepeilt pyakuuu WUS 9acTo MMEIOT MEHBIIINE
WIW HeTNpaBUJIbHO C(HOPMUPOBAHHBIC AOJU IIO
CpPaBHEHUIO C TbUJILHUKAMU AMKOIO TUIIA U HeE
packpbiBatoTcsa [103]. Td PHB wu3 cemeiicTtBa
HD-ZIPIII HenocpeacTBEHHO MOAABIISIET SKCIIPECCUTO
SPOROCYTELESS(SPL)/NOZZLES(NZZ) — ctumy-
JIAITOpa pa3BUTUS MUKPOCIIOPOIIUTOB — U aKTUBU-
pyet 3Kkcnpeccuio WUS nis nerepMUHaLMU TPaHUIL
MEXIy MUKPOCIIOpaHTUSIMU, B TO BpeMs Kak
miR165/166 orpannuuBaeT akTUBHOCTE PHB 1 nena-
€T BO3MOXHOI aKcnpeccuto SPL B pa3dBUBaIOIINXCS
MuKpocrnopaHrusx [102].

WUS Takxe sKcIpeccupyeTcsl B HylLeJUTyce — au-
CTaJIbHOI YyacTu ceMsizayaTka. B pacTeHusx, y KOTo-
PBIX OTCYTCTBYET 3Kcnpeccuss WUS B cems3agarke,
He OPMUPYIOTCSI HAPYXKHBII M1 BHYTPEHHU I UHTETY-
meHTwl [104, 105]. HanpoTuB, 3KTOmMYecKass 3KC-
npeccus WUS B xanmase moctaTouHa J1Jist popMHIpoOBa-
HUS B HUDKHE 4acTU ceMsi3ayaTKa JOTMOJHUTETbHBIX
CTPYKTYp, IIOXOXHUX Ha WHTeryMeHTHl [104—106].
Taxcke B ceMsI3auaTkax pacTeHH ¢ ImoTepeil pyHK-
uun WUS octaHaBIuBaeTCs pa3BUTHE 3apOJbIILIEBO-
ro MelllkKa WJIM Meracriopa Booo1ie He (hopMUpyeTcsi.
CorracHo reHeTH4eckomy aHannsy, WUS onocpeno-
BaHHO akTuBUpyeT reHbl WINDHOSE v 2(WIHIn 2),
komupytomue oenkun ¢ GYPP-motuBOM, KOTOpEIE
CTUMYJIMPYIOT Pa3BUTUE METACIIOPbI U 3apOJIbIIIIEBO-
ro memka [106]. Tem He MmeHee, WUS He 3KcIpec-
CUpYyeTCsl B caMOil MaTepUHCKOI KJIEeTKE MeTacrophbl,
€r0 9KTOINYECKAd aKTUBALMA B 3TOW KJIETKE IIPUBOLUAT
K Pa3BUTHIO HECKOJBKUX METACIIop U, B JaJbHEUIIIEM,
3apobIIeBbIX MeIIKOB. B HopMe akcripeccuss WUS B
MAaTEepUHCKON KJIETKE MEracrophbl IPsSIMO pelpeccupy-
ercst ¢ moMoiiblo RETINOBLASTOMA-RELATED
PROTEIN 1 [107]. B cBoo o4yepenb, CTUMYIITOPOM
akcnpeccuu WUS (onmocpenoBaHHBIM WIX TIPSIMBIM)
spisiercst T® SPL/NZZ: notepst ero GyHKIIUU MTPU-
BOIUT K HAPYILICHUIO Pa3BUTUS HYLIEJUIyCca U CHIKE-
HU1o ypoBHS 3Kkcripeccun WUS B Hem [105]. ITomo6-
Hasl cxema peryisiuuu ooHapyxkeHa Takxke y C. sati-
vus, Tpu 3TOM TiojaBieHue 3kcrnpeccun CsSPL
MPUBOINT K CHIZKEHUIO YPOBHS 3Kcripeccuu CsWUS
Ne 3
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YTO MOTI'YT PACCKA3ATDH BEJIKHN WOX

KaK B XX€HCKUX, TaK U B MY>KCKUX LIBETKAX, a THIYMH-
K1 U ceMs3ayaTKy pa3BUBAIOTCS aHOMaJibHO. MHTe-
pecHo, yto CsSPL 1 CsWUS cnocoOHBI K B3auMoeii-
crBuio [108]. HammpoTuB, 3KTOIMMYECKON SKCIIPECCUM
WUS B xanaze m (pyHUKYJIyce NMPENSITCTBYIOT OCJIKMN
BELI1, SEEDSTICK, SHATTERPROOF1 u 2 (B0o3-
MOxkHO, oopa3sys Tpumepbl BEL1 + AG/SEEDSTICK/
SHATTERPROOF1/2 + SEPALLATA1/3 [109]), a
takxke T® rpynnet HD-ZIPIII [110].

WUS Takke IBasgeTcss CTUMYJISITOPOM COMaTHde-
ckoro smoOpuoreHe3a (CD): in vifro ero 3KTOIMYE-
cKasl 3KCIIPECCHSI MOXKET IPUBOIUTH K (hOpMHUPOBa-
HHUIO COMaTUYECKUX SMOPHMOHOB Ha 0E3ropMOHAIIb-
Hoii cpene [111], a momaBiaeHue sKcripeccuu WUS
MPUBOIUT K CHIDKEHMIO KOJIMYECTBA COMATUUECKMX
aMmopnoHoB [73]. Cepxakcripeccus WUS A. thaliana
B TUITOKOTUJIbHBIX 9KCIUTaHTaX Gossypium hirsutum v
ero nHAynuoeabHas akcapeccus B Capsicum chinense
CTUMYJIMPYET Pa3BUTHE COMAaTUYECKUX dMOPHOHOB,
XOTSI JaJibHeMIIasl pereHepanusi MOJTHOLEHHBIX MPo-
POCTKOB B 3THUX CJIydasix He HaOmogaetcs [112—114].
MunyunoensHas akcnpeccust WUS A. thaliana B Cof-
fea canephora TakxXe MOXET MPUBOAUTH K yBeJIUYEC-
HU10 crtocooHocTu K CD [115]. HanmpoTuB, nHAYK-
nus skcrpeccun WUS A. thaliana HeraTUBHO BTV -
setr Ha CD y Picea glauca [116]. Takxke mmoka3aHo,
4YTO 3KTOonmMuecKas akcrnpeccus ZmWUS2 BMecTe ¢
ZmBABYBOOM 3HayuTeabHO yaydilnaeT (a B HEKO-
TOPBIX CJIy4yasiX AejiaeT BO3MOXKHOIT) TpaHcghopMa-
LU0 Pa3IMYHBIX JIMHUN Zea mays U psiga IPYyrux 3j1a-
KOB 3a CYET CTUMYJISIIMM pereHepauum [117], a mc-
MOJIb30BaHUE TKaHeCIeUU(PUIHOro MpoMoTopa JJIst
ZmBBM w nanyuubensHoro miuss ZmWUSZ2 choenano
BO3MOXHBIM mIpsiMoii (0e3 ctaguu kauryca) CO 1o-
clie TpaHchopMalUy 3UTOTUYECKUX SMOPHOHOB
Z. mays [118]. AxTtuBauusl 3KCIIPECCUU OPTOJIOTOB
WUS seisiBnena B xone CO y Vitis vinifera [ 119], Cocos
nucifera [120], Panax ginseng [121] u apyrux BUgoB. Y
M. truncatula MfWUS sKcripeccupyeTcsi Kak B 9M-
OpMOTeHHBIX, TaAK M B HE3MOPHMOTeHHBIX KaJuTycax
[122, 123], ogHaKO B ®MOPMOreHHBIX KaJllycax 3KC-
npeccupyercss MtCLV3, 9T0o, BepOsITHO, OrpaHUYM-
BaeT TpaHckpuruumo MiWUS B 30Hax popMupoBa-
HUSI coMaTU4YeCKuX aMOpuoHOB [122]. HaWUS'y He-
lianthus annuus cIIOCOOEH CBSI3BIBATHCS C JIOKYCOM
LECI-nomo6Horo reHa Hal 1L [124], nmpenmonarae-
Moro peryiasTopa CHD. B xone pa3BuUTHUsI SMOPHOHOB
ypoBeHb aKcnpeccuu HaWUS nocTenneHHO yBeII-
BaeTcs, B TO BpeMsI KaK YPOBEeHb aKTUBHOCTH Hal 1L
CHUXXAETCSI, UTO MO3BOJISIET MPEATOJIOXUTh perpec-
cuto reHa Hal 1. HaWUS [124]. IlomaBneHue TpaH-
ckpunuuu LECI radmogann 1 11ociie CTUMYITSIIINA
akcnpeccuu WUS B akcruianTax A. thaliana [111].

WoX5

I'en WOXS5 1 ero opToioru y ipyrux BUIOB pacTe-
HUIl — OOHU U3 OCHOBHBIX PEryJasTOPOB pPabGOTHI
KAM. Ilpennomaraemas noreps dyukuuu WOXS5 y
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pacteHnit A. thaliana c Mmytaueit wox5- I IpUBOINT K
yBeJM4YeHUIo pa3mepa kiietok ITLI, a Takke K yBeJu-
yeHUI0 U 1udPepeHINPOBKE CTBOJIOBBIX KIETOK KO-
JIYMEJLUIBI, 9YTO TTOATBEPXKAACTCS HAaKOIUICHMEM B HUX
rpany’s Kpaxmaina [125]. Ilpu a3ToMm yacToTa aeneHuit
knetrok IIL[ B myraHTax wox5-1 yBeauuuBaeTcs, a
YUCJIO CJI0€B KJIETOK KOJIYMEJLIbl yMeHbIaeTcs [ 126].
Taxkoii xxe apdpexT morepss yHkuum WOX5 okasbi-
BaeT Ha KAM 00OKOBBIX KOpHE, a TaKXKe CHUXaeT
JacTOTy 00pa3oBaHMs OOKOBBIX KopHeii [127]. UH-
oyuupyeMasi cBepxakciipeccuss WOXS nonmasnser
IdGepeHINPOBKY KJIETOK KOJYMEJUIBI M1 OOKOBBIX
KJIETOK KOpHeBoro deximka [125], a skronmyeckas
9KCOpeccus Tpu €€ HU3KOM YPOBHE CTUMYIUPYET
kJeTtouHsble negeHus [ 128]. WOXS5 oO6bIYHO HAUMHAET
DKCIPECCUPOBAThCS B XOIe 3MOpHOreHes3a II0CiIe
cranuu 16 KiIeToK B runoduse, a IocJIe ee NeJIEHUS —
B JIMH30BUIHOI KJIeTKe, KoTopas maeT Havaso I111, a
3ateM B camoM I11I. Dxkcnipeccnsa WOX5 rabmonaeT-
cs Takke B mpuMopnusix cemsigoiieii [1]. Bo B3poc-
Jiom pacteHuu, kpome I, mpomorop WOX5 akTtu-
BUPYETCS Ha paHHUX CTagMsIX pPa3BUTHUS OOKOBBIX U
NpUIATOYHBIX KOpPHEN, B JaJbHEWIIEM aKTUBHOCTb
ocraetcs B I11] xopus [127, 129—131].

M3BecTHBIE Ha HACTOSIIIMM MOMEHT MUIICHU U
perynsatopel WOXS5 B KAM mipencraBiieHbI HA puc. 3.
J11sg mommep>kaHUsI CTBOJIOBEIX KJIeTOK B KAM WOX5
penpeccupyer reH T® CDF4 (CYCLING DOF
FACTOR4), ctumynupyiomero augdepeHIUPOBKY
KJIETOK KOJyMEJLIbI, ITyTeM PeKPYTUPOBaHUS (DaKTO-
poB TPL/TPR k ero nmpomoTtopy. B cBoio ouepenn,
daxropel TPL/TPR pekpyTupyror geaieTuiiazy ri-
croHoB HDAI19 nns ymaneHns aKTMBUPYIOIINX alle-
TUJIBHBIX TPYIIN C TUCTOHOB B IpoMoTope CDF4. I1pu
satoM WOXS5 nepememtaercss u3 I1Ll B cTBOJIOBEIC
KJIeTKU KojiyMesutbl [ 129]. Tem He MeHee, HEeMOOWIb-
Hasg Bepcust WOXS, ciiutas ¢ nyms o6eiakamu GFP,
TaKKe CITOCOOHA BOCCTAaHOBUTH MPUCYTCTBHUE CTBO-
JIOBBIX KJIETOK KOJIYMEJUTBI B MyTaHTe woxS5-1 [132],
YTO TOBOPUT O CYIIECTBOBAHMM HEM3BECTHOTO MOKa
MexaHu3ma pabotel WOXS5 B KAM. Kak u anpyrue
oenkm n3 BetB WUS, WOXS5 crmocobeH K B3anMO-
neiictBuio ¢ 6enkamu HAM. JloMeHBI aKTUBHOCTH
npoMmoTopoB WOX5 u HAM?2 niepekpoiBatorcs B T111,
a pacTeHus ¢ MyTanuaMu ham 1, ham2, ham3 w ham4
XapaKTepU3YIOTCsl, TOMUMO IIPOYETo, HapyIIEHUSIMU
pa3Butusds KAM 1 yKOpOYEHHBIMM KOPHSIMH, YTO
npenaronaraeT yyactue oenko HAM B peryimsimm
KAM BMmecTe ¢ WOXS5 [94].

WOX5 nogasisieT nuddepeHIIMPOBKY CTBOJOBBIX
KJIETOK M CTUMYJIMPYET KJIETOUHbIC ACICHUST B KOJTy-
MeJlle, OMHAKO B OTHoIIeHWHM KieTok I1L on meii-
CTBYET YaCTMYHO MMPOTUBOIOJIOKHBIM 00pa3oM, Io-
naBiisist ux Tnpoaudepanuio. M3BectHo, uto WOXS5
MpsIMO TToaaBisieT akcipeccuro CYCD3;3, Kogupyio-
Iero LUMKIMH Tpynmnbl D (peryasarop mepexoma B
S-dasy), B I1L [126]. [Tomumo WOXS5, B meTepMu-
Hauuu I1II ygactBytior T® u3 cemeiictBa GRAS
SHORTROOT (SHR) u SCARECROW (SCR), a
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takxe T®d PLETHORA (PLT) us cemeiictBa
AP2/ERF. YpoBeHb akcripeccuu WOX5 yMeHbIIIeH B
pacTeHusix ¢ MyTauusimMu o reHaM SHR viu SCR, a
noTtepst aKkTuBHOCTU TeHoB PLT1 n PLT2, perynupy-
oux pa3sutue KAM depe3 ayKCMHOBBIN CUTHAJIb-
HBII1 ITyTh, IPUBOIUT K PACIIMPEHUIO JOMEHA 3KC-
npeccun WOX5 [125]. B myranTtax wox5-1 aKTUB-
HocTh TIpoMoTopoB SHR, SCR, PLTI n 28 IIll u B
KAM B 11e710M 3HAYUTEJILHO CHUKEHA, a SKTOIIMYe-
ckas aktuBanuss WOXS B KiteTKax KOJIYMEJUIBI TIPY-
BOIUT K aKTUBalUU IMpoMoTOopoB PLTI u 2 (HO He
SHR n SCR). Takum obpa3omMm, Bo3MoxXHO, WOX5
HeoOxoognM g aktuBaumm PLT1 m 2 B ITLI [128,
130]. CornmacHo HmaHHBIM TE€HETHYECKOro aHaJiM3a
WOXS5 Bmecte ¢ SCR, SHR, PLT1 u 2 mognepXxuBaeT
TakKKe IPOKCUMATbHBIE CTBOJTOBBIE KIIeTKN KAM [125].
ITpu a3tom T® TCP20/21 u3 cemeiictea TCP (TEOSIN-
TE BRANCHED 1, CYCLOIDEA AND PCF
TRANSCRIPTION FACTOR), SCR u PLT o06pa-
3yI0T KOMIUJIEKC U akTuBupyior WOX5 B I111 [133,
134]. Takxke T® JACKDAW (JKD) ¢ LIMHKOBbIMU
nanbliamu, B3aumoneiictsys B I111 ¢ SHR, akruBu-
pyet s3kcnpeccuio WOX5 [135].

Uccneposanusa B3anmoneicteuss WOXS ¢ duro-
rOPMOHaMM TIOCBSIIEHBI TJIABHBIM 00pa3oM ayKCH-
Hy. B pacreHusix ¢ myrauusmMu mo reHam MP wnu
BODENLOS c HapyllleHHeM ayKCMHOBOI'O OTBETa B
aMOpuoreHese akcrpeccust WOXS5 nmpakTuyecku HU-
Koraa He neTektupyercs [125], omHako o6paboTKa ayK-
CHMHOM MHIruompyeT skcmpeccuio WOX5 B 11aBHOM
kopHe. B mopaBnenun skcnpeccun WOX5 aykcuHOM
Y4acTBYIOT ayKCUH-uyBcTBUTENbHEIE TM® ARF10 u 16
[130], a INDOLE-3-ACETIC ACID INDUCIBLE 17
(IAA17), uHrUOUTOP aYyKCMHOBOI'O OTBETA, CTUMYJIM-
pyeT skcnpeccuro WOX5[136]. WOXS Takke BIusieT
Ha CUTHaJIbHbIE MMYTU ayKCUHA: B HOpME MaKCUMaJIb-
HbIIl ayKcuHOBBIN oTBeT B KAM BbIsiBAsIeTCs B T11,
OIHaKo Ipu 1otepe dyHkumu WOX5 oH cMelaeTcs
u3 I11l B Oonee mucranbHbIe KIIeTKM. Kpome Toro,
WOXS ctumMyaupyeT NpoayKLWIO ayKCUMHOB B KOp-
HsIX, crtocobctBys akcnpeccun YUCCAIL xomupyio-
IIEeTO OAWH U3 (pepMEHTOB CHMHTE3a ayKcuHa [136].

Dkcnpeccust WOXS5, kak u WUS, peryiupyercs
takke nentugoM CLE. CLE40 asnsgercsa OIU3KUM
romojiorom CLV3. DTOT TeH 3KCIIpecCUpyercsl B
InddepeHIIPOBAHHBIX KJIETKAaX KOJIYMEJUIbI U B 30-
He mudPepeHIIMPOBKH B KJIETKax cTeabl. OH ImogaB-
JISIeT AeJICHUE CTBOJIOBBIX KJIETOK KOJIyMEJIJIbl U Orpa-
HUYMUBAET AOMeH 3Kcrpeccun WOX5. O6padoTka
pacteHmnit cuaTeTndecknM nientugom CLE40 mpuso-
JIUT K YMEHbBIICHUIO ToMeHa 3Kkcnpeccun WOX5 u x
ero mnepeMmelleHno B 6oJjiee MPOKCUMATbHBIC 30HBI
KOpH4 (TyIa ke IepeMelIaeTcs B 3TOM ciiydae U caM
I1LI, cortacHO aHaIM3y SKCIIPECCUU APYTUX €TI0 Map-
kepoB) [132]. B peuernmmuu CLE40 u perymsauun
KAM yyactByioT penentopHble KnMHa3bl ARABI-
DOPSIS CRINKLY4 (ACR4) [131], CLV1 [137] u
oemok CLV2 [132]. UuTtepecHo, uto ACR4 crioco6Ha
dochopunupoBate WOXS in vitro mo HECKOJIBKUM
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POL‘ PLLI

Puc. 3. Perynarops! 1 muiienu WOX5 B KAM (06bsicHe-
HUS B TEKCTE).

caiitaMm [138]. JanpHeWIIMit ITyTh TIepeaadyn CUTHajIa
OT KMHAa3 A0 peryasuunu 3kcnpeccu WOXS5 He BhISIB-
JIEH, OJHaKo Ha 3kcrpeccuio WOXS5, kak u WUS,
OKa3bpIBAIOT CTUMYJNpYIOIee BIUsTHUE (ocdaTasnl
POL u PLL1 [139]. O6paTHas CBsI3b — CTUMYJIUPY-
romiee Bosaericterue WOXS Ha akcnpeccuto CLE40 —y
A. thaliana He BBIsIBIIEHA, OOHAKO OOHApPYXKEHA y IO~
MOJIOTOB JaHHBIX TeHOB B KAM y O. sativa [140]. K
IPYTUM IIPSIMBIM pernpeccopaM WOX5 oTHoOCHTCSI
T® ROWI/BARDI. Komupyoliuii ero reH 3Kc-
IpeccupyeTcs B mpokcuMaiabHoi yactu KAM, u mo-
Teps: ero (PyHKIUMH IIPUBOIUT K Pa3BUTHUIO KOPOTKUX
KOpHEM, HapyIIEeHWIO TpaBUTPOIIM3Ma, K IIOTepe
uneHtuayHoctu I v npyrum HapymeHusiMm KAM, a
TakKKe K paclIMPEeHNIO JOMEHA aKTUBHOCTHU IIPOMO-
Topa WOX5 [141].

WOX5 u ero opTonoru akTUBUPYIOTCS TaAKXKe MPU
B3aUMOJICMCTBUM KOPHEM pacTEeHUs C pa3aUuYHbIMU
CUMOMOHTAMU W/WJW MPU Pa3BUTUU HEPETYJISIPHBIX
MepUCTEMATUUECKUX CTPYKTYp. B yacTtHocTH, 3KC-
npeccusdt WOX5 aktuBupyeTrcsl B XoAe pa3BUTHS KOP-
HEBBIX TajjoB Tpu WHPUUIMPOBAHUU HEMaTOMOI
Meloidogyne javanica [142]. AKTUBHOCTb TIpOMOTOpA
WOX5 A. thaliana obHapy:XeHa B KJIeTKax, IIpuIeskKa-
IIUX K MEPUCTEMATUUECKM ovyaraM B FreHEeTUYECKUX
onyxonsax Raphanus sativus [143]. DKkcrpeccust opTo-
nmoroB WOX5 obHapyxeHa B a30TOUKCHUPYIOIINX
KiyoeHbKax vy M. truncatula, Pisum sativum [144] u
Arachis hypogaea [145]. 'eHeTU4YeCcKMii aHATU3 MTOKa-
3ajl, YTO KOJMYECTBO KIYOEHbKOB U 3KCIpeccus
MtWOXS5 u ero opronora PsWOXS5 B M. truncatula n B
P. sativum perynupylooTcs, Kak U B ciydyae KAM u
ITAM, ¢ momoibio reHOB cuctembl CLAVATA [144].
Bkcnpeccusi oprojoroB WOXS5 obHapyXeHa Takxke
TMPpU OPSIMOM UM HENMPSIMOUW pereHepauyyu KOPHEU M
IpY KaJNIyCOOOpa30BaHWM in Vitro, B YJaCTHOCTH, Yy
M. truncatula [122], Rosa canina [146] u A. thaliana
[74]. Dxcnpeccuss WOXS5 nipu pereHepalliil KOpHEA
aktuupyetrcsa T® WOXI1 u 12 (cMm. HuXe). MHTe-
Ne 3
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YTO MOTI'YT PACCKA3ATDH BEJIKHN WOX 371

pecHO, 4TO ypOBeHb 3Kcmpeccun WOXS5 m npyrux
KOpHecIelnUIHbIX TeHOB A. thaliana Bo3pacTaeT
npu hopMrpoBaHuU Kajutyca Ha cpene CIM [147, 148],
HO CHIZKAeTcs TIpH TrepeHoce Ha SIM. 3HaunTenbHYO
posib B aktuBauuu WOX5 u apyrux KopHecneuuduy-
HBIX TEHOB B KaJTyce WUIpaeT aleTuiITpaHcdepasa THh-
cronoB HAG1 (HISTONE ACETYLTRANSFERASE
of the GNAT/MYST superfamily 1), auerunupyio-
mast H3 B nokycax WOX5u 14, SCR, PLTI v 2[149];
aKTUBalLlMs OAHHBIX TE€HOB B KaJlIyce BaxKHa ISt
IaJbHEHINeH pereHepaliii Mooeros.

WOX5 reobxoquM TakKe Ij1st TpoxoxaeHus CO 'y
A. thaliana: TogaBjieHIE €ro SKCIIPECCUN B DKCITJIaH-
TaX 3HAYMTEJIbHO CHMXXAET KOJUYECTBO (popMuUpye-
MBIX COMaTUYECKNX SMOPMOHOB 1 HApYIIIaeT UX pa3-
putne. a1 dopMupoBaHsT HOPMaJTbHOTO MaTTepHAa
skcnpeccun WOXS5 nipu CD HeoOXOOUM LIUTOKUHM-
HOBBIM CUTHAJILHEIN ITyTh. BO3MOXHO, HUTOKMHUH
orpaHMYMBaeT 30HY 3Kcrpeccun WOXS5, nemast Bo3-
MOXHbIM (dopmupoBanue I KAM [74]. WOX5
TaK3Ke 3KCIIPECCUPYETCS B XOOE Pa3BUTUSI MYKCKOTO
ramerodura. ¥ MYTaHTOB fepiztinl CO CHUKEHHBIM
ypoBHeM 3kcrpeccun WOXS HapylieHO (GyHKIIUO-
HUpPOBaHUE MYXXCKOI'O raMeTo(duTa, B YaCTHOCTH, UX
MbUIBIIEBbIE TPYOKMW pacTyT MeIJIeHHEe U HMEIOT
MeHblre pa3Mepsl [150].

WoXx1

OcHoBHas ¢yHkuuss WOX1 u ero opTojaoros —
peryJsiiius pa3pacTaHusi OOKOBBIX OpraHoB. Onu-
HOYHBIC MYTaHTHI A. thaliana ¢ motepeil GyHKINHA
WOXI nuiib He3HAYUTEIBHO OTINYAIOTCS OT pacTe-
HUI TUKOTO TUIIA, OMHAKO noteps hyHkuun WOXI1 u
npyroro reHa WOX coBpemeHHoit kinaasl — WOX3/
PRESSED FLOWER (PRS) — npuBOOUT K 3HauM-
TeJIbHbIM U3MEHEHUSIM: JIMCTOBbIE TUIACTUHKU, Yallle-
JIUCTUKU W JIETIECTKU TaKUX PACTEHUId 3HAYUTEJIbHO
CY>KEHbI BCJICICTBUE CHIXKCHUSI KOJIMYECTBA JeJCHUI
KJIETOK; Yy HUX HapyllleHa TakKe crieur@uKaiims Kie-
TOK KpoMoK jtucTa [151]. WOX1 skcripeccupyercs Ha
CTaJuM CepAlia U TOPIIeAbl B 3aKJIAIbIBAIOIIINXCSI CO-
cynax [1], a mociie mpopactanuss WOX1 u 3 akcrpec-
CUPYIOTCS B KPOMKAaX W CPEAMHHBIX CJI0SX TPUMOpP-
JINEB JIUCTheB (B TaK Ha3bIBAEMOM CPEIMHHOM JIOME-
He ymcrta) [151]. MHTepecHO, 4TO MoTepst (PYHKIINU
WUS ycunmBaet 3 dexT ot morepu pyHKmm WOX1
U 3, B YaCTHOCTH, JeJiasi TUCThsI MyTaHTOB el1lle Oosiee
y3KUMHU. MOXHO mpeanojoxuth, uto WUS Takxke
MPUHUMAET YYaCTUE B PETYJISLIMU pa3pacTaHus Ju-
croBoii miactTuHku [152]. B pazButuu nucta T ce-
meiictBa YABBY u KANADI onpenensiior pa3BuTue
abakcuanbHoro noMeHa, a T® AS2 u REV — pa3Bu-
THE afakcuajabHoro noMeHa. ComlacHO aHaJIU3y
MHOXECTBEHHBIX MyTaHTOB, WOX1 1 3 BMecTe ¢ JaH-
HBIMHM (paKTOpaMM TaKKe yJacTBYIOT B (popMHUpOBa-
HUM aJakCUalbHO-a0aKCUaJIbHOM TIOJSIPHOCTU JIM-
cra [151, 153]. IIpu aTtom T® YABBY ctumynupyior
akTuBHOCTL WOXI, a T® KANADI, HannpoTuB, 110-
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nmasirstiot [151]. Apyrue pernpeccopsl WOX1n 3 — T®
n3 cemeiictB NGATHA (NGA) u CINCINNATA-
class-TCP (CIN-TCP), takme kak TCP3, TCP4,
NGAI1 1 NGA4, ygacTBYIOT B ITOJABJICHUM POCTA JIN -
ctoBoit miactuHku. PacteHust A. thaliana co cHu-
JKEHHBIM ypoBHeM akcnpeccun TCPI-5 nu NGAI-4
MMEIOT KypuYaBble JINCThS M PaCIIMPEeHHBIA TOMEH
aKTUBHOCTHU IpoMoTopoB WOX1 n 3 [154].

VYposeHs s3kcripeccunt WOX1 n 3 TakKke peryiim-
pyeTcsl aykcuHoM. B abakcuanbHOI 4acTU JUCTO-
BBIX IPUMOPAMEB COAepXKaHUE ayKCHUHA IOBBIIIE-
HO, ogHakKo ImpoMoTopbel MP u psna npyrux ARF
(NONPHOTOTROPIC HYPOCOTYL4 (NPH4)/ARF7,
ARF6, § n 19) aKkTUBHBI TPEUMYILIIECTBEHHO B afaK-
cranbHOM YacTm npumopareB. CpeanHHBIIA TOMEH
SBJISIETCS €AMHCTBEHHOI 30HOI MepeKpbIBAHUS DKC-
npeccun MP, ARF6, 7, 8§ n 19 1 IOBBIIIIEHHOTO CO-
JIepXaHWs ayKCMHA; MMEHHO B 3TOI 30HE aKTMBHBI
rnmpomoTtopbl TeHOB WOX 1 u 3. I1pu aTtom MP akTuBu-
pyetr WOXI1 u 3, cBsI3bIBasiCh ¢ ux JoKycamu. Harpo-
TUB, TeHbl ARF3 11, BeposiTHO, 2 1 4 9KCIIPECCUPYIOT-
cs B abakCUaIbHOI YacTW MpUMOpPAUSI Ha ompele-
JIEHHBIX CTaIMsIX €r0 pa3BUTHS, U KOOUPYEMbIE MU
T® nonasigior akcpeccuio WOX1 u 3 [155]. WOX1
TaKXXe peryJIMpyeT ayKCUHOBBIM OTBET: COIJIACHO
TPaHCKPUNITOMHOMY aHAaJIM3y, MHOTHE U3 I'eHOB, Ha
9KCIIpeccrio KOoTophix Biansger WOXI1, ygacTBYIOT B
CUTHAJIbHBIX TYTSIX, TPAHCIIOPTE U CUHTE3€ ayKCHHA.
Tak, moJloXUTeNbHAsI peryjisiius XapakTepHa s
PINI1, AUXIwn MP, a orpuniateabHast, HaIIpuUMep, IS
TAR2wu YUC5[156]. Taxke WOX1 criocoGeH K B3au-
mopeiictBuio ¢ S-AMDCI1 (S-adenosylmethionine
decarboxylase) — (hepMeHTOM CHMHTE3a IIOJIMAMUHOB,
BaXKHBIX PETYJISITOPHBIX MOJIEKYJ pacTeHUit, a B My-
TaHTax co cBepxaKkciipeccueir WOXI ypoBeHb HOIN-
aMHHOB cHIDKeH. Takum obpaszom, WOXI1 perynmpy-
€T pa3BUTHUE JaTepaJibHbIX OpPTaHOB, BO3MOXKHO, 3a
CUET perysiliMyi CUHTe3a MoJIuaMUHOB [157].

MexaHu3MBbl pabOThl TeHOB rpynmbl WOXI mo-
IpoOHO n3ydeHbl y opronora WOXI M. truncatula —
reHa STENOFOLIA (STF). B otnnuue ot pacTeHUi
A. thaliana c notepeit pynkunu WOX 1, He UMEIOIINX
BbIpaXk€HHbBIX (DeHOTUTTMYECKUX OCOOEHHOCTEN, My-
TaHTBI M. fruncatula c motepeit pynkumm STF xapak-
TepU3YIOTCS Y3KMMU JINCTOBBIMM TIACTUHKAMM, Ha-
pylieHUusiMA B (hOPMUPOBAHUM TIPOBOMASIIEN CUCTE-
MBI JIMCTAa, a TakXe HapylIeHHbIM pa3pacTaHUEM
JIETIECTKOB M TUtogoucTukoB [158]. STF perynupyet
pa3pacTaHue JIMCTOBOI TUIACTMHKMU, CBS3bIBAsICh C
TIPOMOTOPOM TeHa MIAS2, TIonaBIgIomIero IMpoJv-
depanmio KJIETOK B alaKCUaJlbHOM JOMEHE JIUCTA,
U TIOJIaBJIsIsl €r0 KCIIPECCUIO TIyTeM TIPUBJIEYEHUS
kopenpeccopa MtTPL [159]. STF cnocobeH B3au-
MOJIEICTBOBATh C KOPETpeccopoM (M BOZMOXHBIM
koaktuBatopom) MtLEUNIG (MtLUG) u xoak-
tuBatopom MtANGUSTIFOLIA3 (MtAN3), a re-
HeTUYECKMII aHaim3 MyTanuii B reHax AN3, LUG,
WOXI1 u 3y A. thaliana 03BOJISIET TIPEAIIONOXKUT,
yro AN3 1 LUG y4acTByIOT B pa3pacTaHWUM JIMCTO-
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Boii TutacTUHKM BMecTe ¢ WOX3 1 WOX1 [160]. Dke-
npeccust STF B pa3nuuHBIX BUAAX 3J1aKOB MOXKET
IIPUBOIUTH, IIOMUMO IIPOYETO, K Pa3BUTHIO Ooce
I pOoKoi anctoBoi nacTuHKM. STF cmocoben 1mo-
JaBJISITh BKCIPECCUI0 T€HOB LIMTOKMHUHOKCHUIA3,
YBEIUYUBAs COAepXaHNe IIMTOKMHUHOB B TPAHCTEH-
HBIX pacTeHUsX [ 161], a TakKe y4acTBOBATb B PeTryJIsi-
K MeTtabosmaMa caxapos [162]. ['eHbl, opToIOrny-
Hele WOX1 u STF — LATHYROIDES y P. sativum
[163] u MAEWEST'y P. hybrida — TakXe HeOOGXOOU-
MBI JJIsI HOPMaJIbHOTO pa3pacTaHusi 0OKOBBIX opra-
HOB, B YaCTHOCTH JINCTHEB M JICTIECTKOB [164].

WOX3

WOX3, kak 1 WOX1, yyacTByeT B peryJsiliuM pas3-
pacTaHusg OOKOBBIX OPTraHoOB. Y pacTeHuit A. thaliana
¢ mytanueid B reHe WOX3, unu PRESSED FLOWER
(PRS), He pa3BUBalOTCs OOKOBBIE YallISJIMCTUKHU, a B
abakCHUaIbHBIX 1 aJaKCUIbHBIX YalleTMCTUKAX OT-
CYTCTBYIOT KpaeBhbI€ PsIIbl KJIETOK. YMCIO THIMMHOK
Takke yMeHbImeHo [165, 166]. T'opa3mo Gojee ce-
pbe3Hble JedheKThl pa3BUTUS HAOJIIOAAIOTCS Y NBOM-
HBIX MYTaHTOB A. thaliana ¢ tmioTepeil (QyHKIUU
WOX3 u WOXI (cm. paznen o WOX1). MHTepecHoO,
yto optonor WOX3 y M. truncatula — ren LOOSE
FLOWER (LFL) — B oTiM4ue OT CBOEro OopToJjora
WOX3 v napanora STF He yyacTByeT B pa3BUTHUU JIU-
CTh€B, HO HEOOXOAMM ISl pa3pacTaHusl OpPraHoOB
uBerka. CorjlacHoO pesyJibTaTaM T€HETUYECKOro M
KOMILJIEMEHTAlIMOHHOTO aHanu3a, reHbl STF u LFL
0071a1al0T (PYHKIIMOHAJIBHBIM CXOJICTBOM, OJHAaKO
OHM UMEIOT pa3Hble JTOMEHBI KCIPECCUU, UYTO U
orpenesieT pa3iuuus B UX (YHKUUSIX B Pa3BUTUU
pactenus [167].

CoryacHO JaHHBIM (UIJIOTEHETUYECKOro aHaIu-
3a, TeHbl rpynnbsl WOX1 crieunudHEL 1J1s1 ABYIOIb-
HBIX M HE BCTPEYaroTcsl y OOHOOOAbHBIX [168]. Pa3-
pacTaHre 60OKOBBIX OPTaHOB Y OJHOIOJIbHBIX PEryJIn-
pyetrcs reHamu BetBu WOX3. Tak, norepst GyHKIIMN
opronoroB WOX3 NARROW SNEATHI (NSI)u 2y
Z. mays IPUBOAUT K OTCYTCTBUIO OOKOBBIX IOMEHOB
JIUCThEB U TOMOJIOTUYHBIX UM OPraHOB. DTU T€HbI
IKCIIpeccupyroTcss B 00KoBbIX yacTax I[TAM (B ciosix
L1 u L2) u B KpoMKax mpuMopaueB OOKOBBIX Opra-
HOB [ 166, 169]. Y puca opronoramu NS1/2 aBisiorcs
reHbl NARROW LEAF2(NAL2)/3, wim ren OsWOX3A/
OsPRS/OsNS, npencrtaBieHHbIII AByMs TIpaKTH4e-
CKM WIEHTUYHBIMU Komnusamu. CBepxaKcHpeccus
NAL2/3 npuBoaut, IOMUMO IOpyrux 3¢p@eKToB, K
Pa3BUTUIO paCTEHU ¢ Oosiee IUPOKUMU JIUCTHSIMHU C
OOJIBIIINM KOJIMYECTBOM MPOBOASIIMX MYy4KOB [170].
V pacTeHuit ¢ OTHOBpPEMEHHOM IToTepeil (PyHKIINH
reHoB NALZ2 u 3 HabonaeTcsl 3HaYUTEIbHOE Hello-
pa3BUTUE JIMCTOBBIX MJIACTUHOK, Y HUX OTCYTCTBYIOT
IIETUHKU Ha KpasiX JIMCTAa M HapylleHO pa3BUTUE
MPOBOASIIIMX MYyYKOB B JUCThsIX [170, 171]. ¥V Takux
MYTaHTOB HapyIlleHa 3Kcrpeccust reHOB ARF, YUC u
PIN, aTo mpenrionaracT M3MeHEHNE B CUTHAJIBLHBIX
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MyTsIX, TpaHCIOPTe M cMHTE3e aykcuHa [170, 171], a
COIIACHO TeHETUYECKOMY aHaJIU3y U IPYTUM 3KCIle-
puMeHTamM, NAL2/3 HemocpencCTBEHHO MOAABJsIET
akcnpeccuio OsYAB3. Kak OsYAB3, tak u NAL2/3
YYaCTBYIOT, IIPEANOJIOKUTEIbHO, B mUdepeHII-
pOBKE JIMCTAa, B YACTHOCTHU, ITyTEM PETY/ISILIUU 3KC-
npeccur reHoB ceMmeiictBa KNOX (OSHI n OSH3)
[172]. Apyroii adpdexT morepu GyHKUUM NAL2n 3 —
YMEHBIIIEeHHEe KOJINYECTBA OOKOBBIX KOPHE U YBEIIM-
YyeHHEe KOJIMYeCTBa KOPHEBBIX BOJIOCKOB. DKCIIEPU-
MEHTHI C 00pabdOTKOIT ayKCMHOM ITO3BOJISIOT ITPEAIIO-
JIOXUTH, 4TO 06a 3TH 3P deKTa CBI3aHBI C YMEHBIIIE-
HHEeM YpOBHSI »Kcrpeccmn rteHoB OsPINI w ¢
KOHIIEHTpallMell ayKCUHa He B MEePUIIUKIIE, a B IIT1-
JIEpMUCE, YTO U IIPUBOAUT K CHIKEHUIO KOJIMYECTBa
OOKOBBIX KOpHEii, KOTOPbI€ 3aKJIaAbIBAIOTCS B IIePH-
LIMKJIE, HO TIPU 3TOM K YBEJIMYCHUIO KOJIWYECTBA U
JUIMHBI KOPHEBBIX BOJIOCKOB, KOTOPHIE Pa3BUBAIOTCS
n3 KiaeTok srmmaepmuca [ 171, 173]. CBepxakcrpeccus
NAL2/3 ipuBOOUT HE TOJBLKO K U3MEHEHUSIM (DeHO-
THUIIA JIUCThEB, HO M K YBEJIUYECHUIO KOJIMYecTBa 00-
KOBBIX KOpHEN, a TaKKe K KapankKoBocTr. O0padoT-
Ka THOOepeJIMHOM BOCCTAaHABJIMBAaeT HOPMAaJIbHYIO
BBICOTY pacTeHusi. NAL2/3 B3auMoaeincTByer ¢ ruo-
GepeiTMHAMMU 110 IIPUHLIUITY OTPULIaTeIbHOI 06paT-
HOM CBSI3U: UX M3OBITOK CTUMYJMPYET 3KCIIPECCUIO
NALZ2/3, Torna kak NAL2/3 nonaBiisieT CUHTE3 3TUX
TOPMOHOB, B YaCTHOCTH, CBSI3BIBAsICh C JIOKycoM KAQO
(ENT-KAURENE ACID OXIDASE), xogupyolium
depMeHT OMOCUHTe3a TMOOEPEIUIMHOB, U TOHABIISIS
ero saKcmpeccuio [174].

CorylacHO TaHHBIM (OUIOTEHETUYECKOTO aHaIU-
3a, Y OMHOMOJBHBIX (IT0 MEHBIIIEH Mepe y puca U KyKy-
py3bl) MMeeTCsl AOMOJIHUTENIbHAs BETBb, colepxKallias
romoJiorn WOX3, otiimuHbIe OT TeHOB IpyIiibl NS [175].
ITonpo6HO M3y4eHbl (DYHKIIMW OJHOTO W3 TpencTa-
BUTeNeH 310t BeTBU — reHa OsWOX3B/GLABROUS
RICEI (GLRI)/DEPILOUS (DPL)/NUDA/LEAF
LATERAL SYMMETRYI (LSY]I) O. sativa. Ilonasne-
HUE DKCHPEeCCUU 3TOro reHa MPUBOIUT K OTCYT-
CTBUIO TPUXOMOB WJIM K CUJIbHOMY YMEHBIIIEHUIO UX
KOJIMYeCTBa Ha JIMCThSX U KOJIOCKOBBIX YelllyiiKax
[176—178]. OsWOX3B ctuMynupyeTr pa3BUTHE TPU-
xoMOB coBMecTHO ¢ T®d wu3 rpyrmnel AP2/ERF
HAIRY LEAF6 (HL6), 6auskum romosiorom Td
EMBRYOMAKER (ero cBepxakcmpeccusi TaKKe
NPUBOIUT K Pa3BUTUIO TPUXOMOB Ha CeMSAOSAX
A. thaliana). OsWOX3B cnocobeH K B3auMojeii-
ctButo ¢ HL6, Takke OH HETTOCPEICTBEHHO aKTUBH-
pyer HL6 [179]. OsWOX3B u HL6 nipsimo wnu oro-
CpeIOBaHHO CTUMYJIMPYIOT 3KCIIPECCUIO Psila TEHOB,
BOBJICUEHHBIX B CUHTE3, TPAHCIIOPT U Tepeaady CUr-
Haja aykcuHa, Takux Kak OsYUCCAS5, OsPINla,
OsARF4wv 7. HL6 criocoGeH CBA3BIBATHCS C IOKYCOM
OsYUCCAS, a mobaBinenne romeogomeHa OsWOX3B
ycuiauBaeT 3To cBa3biBaHue [179]. OsWOX3B, Hes3a-
Bucumo ot NAL2/3, yuacTByeT 1 B pa3pacTaHUU JI1-
CcTOBOI1 TTacTUHKK. OouH 13 3P(PeKTOB ITOTEpH €TO
GyHKIMU — GOpMUPOBAHNE HECUMMETPUIHBIX JIN-
Ne 3
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YTO MOTI'YT PACCKA3ATDH BEJIKHN WOX

CTOBBIX IUIACTMH W3-3a OTCYTCTBUS JIaTepabHBIX
pa3pacTaHuii C OMHOU U3 CTOPOH JIUCTA U HAPYLLIEHUE
ajakcualibHO-abakcuaabHON ToJsipHocTU. Kpome
TOTO, COIIBETHUsSI Y TAKUX MYTAaHTOB YacTO HE MMEIOT
KOJIOCKOBBIX YeTIyii, a pa3BUTHE THIYMHOK U CeMsI3a-
4yaTKOB Y HUX HapyiieHo [180].

Optonoru WOX3 y rooceMeHHBbIX, KaK U y T0-
KPBITOCEMEHHBIX, TAKXKE Yy4acTBYIOT B pa3pacTaHUU
OOKOBBIX OpraHOB. Tak, mogaBJieHUE SKCIIPECCUU Te-
Ha PaWOX3 P. abies — optonora WOX3 — Hapyliaer
pa3BUTHE CEMSIIONEN y cOMaTUYeCKUX 9MOPUOHOB, a
TakxXe BIUsSeT Ha MOpGOJIOTHIO UTOJIOK, AeJias X Me-
Hee YIUIOLIEHHBIMU U 0oJiee HUIMHapudeckumu [181].

WwoXx2

WOX2 Bmecte ¢ T® WOX8 u WOX9 perynupyeT
sMOpuoHanbHOe pasputue. e WOX2 nHaumHaer
SKCIPECCUPOBATHCS B SIMLIEKIECTKE U B LIEHTPAJIbHOM
kjeTke. BMecte ¢ WOX2 B 3TUX KJIeTKax 9KCIpPecCcu-
pyetcsa WOXS, yieH NpoMeXXyTOYHOI BeTBU, OTHAKO
MOCJI€ OMJIOAOTBOPEHUS U AEJEHUS 3UTOThI 3TU T€HbI
HayMHAIOT 3KCIPECCUPOBATHCS B Pa3HBIX €€ MOTOM-
Kax: WOX8 — B 0azanpHOII KJIeTKe (CM. pasgeil o
WOXS8),a WOX2 — B OCHOBHOM B alTMKaJIbHOM JOME-
He [1]. Okcnpeccust oprojioroB WOX2 B 3urorude-
CKUX OBMOpUOHAX U/UJIM B CEMEHax B LIEJIOM BbISIBIIE-
Ha Takke y N. tabacum [182], O. sativa [183], P. abies
[184] u npyrux Bunos. [Toteps ¢dyHkuuu WOX2 npu-
BOJIMT K HapyUIEHUIO YIOPSIAOYEHHOCTU AEJIEHUS
KJIETOK B alTMKaJIbHOM JIOMEHE, UTO B IJAHHOM cJly4yae
He KpUTUYHO TSI pa3BUTUS pacTteHus [1]. ¥V pacre-
HUli ¢ morepeit @yHkuu WOX2 B HEKOTOPBIX CIIyda-
SIX pa3BMBAETCS TOJIBKO OIHA CEMSI0JIS, YaCTO Hapy-
IIEH COCYOMCTBI maTTepH B cemsimonsix [185, 186].
Kak yxe cka3zaHO, B Xx0lle paHHETo 3MOpuOreHe3a
WOX2 n 8 skcripeccupyioTcsi B KOMIIJIEMEHTapHBIX
JIpyT APYry o0JIacTAX, OJHAKO y YaCcTU PACTeHMI ¢
MyTallMsIMKM B O0OMX TeHax HaOJofaloTcs pas3iny-
HbIe Ne(heKThl CeMsIoIel (ACUMMETPUYHbBIE CEMSIIO-
JI, YaCTUYHOE UX CIMSIHUE), KOTOPbIE OTCYTCTBYIOT Y
OOMHOYHBIX MyTaHTOB [187]. WOX2 u 8 ¢ moMomnisio
MOKa HE BBISIBJIEHHOTO MeXaHW3Ma aKTUBUPYIOT TpaH-
ckpurnuo CUP-SHAPED COTYLEDON2 (CUC2)u 3,
obecrneurBasi CHMMETPUYHBIN XapaKTep UX 9KCIpec-
cun. Ilpenmomnaraercst, yro moreps dyukunu WOX2
aKTUBHUpYeT 3Kcnpeccuio WOXSE B anuKaabHOM J0-
MEHe, YTO, BO3MOXHO, MPUBOIUT K UX U3OBITOUHO-
CTH B PETY/ISLIMU pa3BUTHS ceMsiaoJieii [186].

OnmHoBpeMeHHas 1ToTepst GyHKIIMKU reHoB WOX2,
1 v 3 yBeInuuBaeT 4acTOTY BOSHUKHOBEHUS HapylIlle-
HUI pa3BUTUSI CeMsIIoei (IT0 CpaBHEHMIO C IIOTepeid
¢yakuu Toabko WOX2). HdoGaBieHue mnorepu
dyHkaun WOXS5 ycunuaeT 3Tu aedekTol. Kioue-
BYIO POJIb B PETYJSIUUU KJIETOUHBIX NEJICHUI aIu-
KajnpHOTO goMeHa wurpaetr WOX2, a aKTUBHOCTH
OCTAJIbHBIX TEHOB B A3TUX MpolieccaX CTaHOBUTCS
Ba>KHOM TOJILKO B OTCYTCTBHE 3TOro reHa [185]. Kpo-
Me Toro, WOX2 Bmecte ¢ reHamu WOX1, 3u 5, urpa-

MOJIEKVIJIAPHAS BUOJIOTUA

TOM 55 Ne 3

2021

373

IOILIMMU BTOPOCTEIIEHHBIE POJIM, yYaCTBYET B MTHUIIN-
anuu ITAM B aMOpuoreHe3e v B NIEPBUYHOI aKTHUBa-
UK 3Kcrpeccun MapkepoB [TAM, Bkmouast CLV3.
HutepecHo, aro ipomotop CLV3 Ha ctagmm cepaiia
akTuBUpyeTcs 3a cuet WOX1, 2, 3, 5 naxke y MyTaHTOB
wus-1, XOTsl B JaJIbHEMIIIEM €r0 aKTUBHOCTh IIpOMa-
maet. Takum obpaszom, WOXI, 2, 3, 5, Ho He WUS,
HEeoOXOomUMBI 11 3arrycka 3Kkcrnpeccuu CLV3 B aM-
opuoreHe3e. Hapymenue naunmamnuu [TAM y pac-
TeHUI ¢ MyTauusMu B reHax WOXI, 2, 3 u 5 compo-
BOXIA€TCsI MOBBIILIEHNEM UHTEHCUBHOCTHU ayKCHHO-
Boro orBeTa B 30He ITAM, 4TO MOXET OBITh CBSI3aHO
C HapyHmIeHMeM MaTTepHOB 3KcIpeccuu reHa PINI B
aMOpHroHax ¢ TakuM reHotunoM. Takke WOX2 (Bme-
cre ¢ WOXI, 3 u 5) ctumynupyet paszputue [TAM,
ycunuBasi akcupeccuto HD-ZIPIII (PHB, PHV, REV)
KaK Ha TPAHCKPUIIIMOHHOM, TaK W Ha ITOCTTpaH-
ckpunuroHHoM ypoBHsix. PHB, PHV u REV B cBoro
ouyepenb aKTUBUPYIOT OMOCUHTE3 IUTOKMHIHOB, He-
o0xoauMBbIX 11 3akiuanku [TAM [188].

Optosioru WOX2 skcripeccupyroTcs TaKKe B XO¢
COvy P. pinaster [189], P. abies [184], V. vinifera [119] n
psna npyrux BuaoB. [lomaBieHue sKcrpeccuu
PaWOX2y P. abies IipBOIUT K HApYLICHUIO Pa3BU-
THSI coMaTU4eckKux sMOpuoHoB [184], a WOXE u
WOX2 A. thaliana coBmectHO nHAynupyotr CD uin
pereHepanuio nooderoB N. tabacum in vitro [190].

Wox4

WOX4 u ero oprosorn y OOJBIIMHCTBA BHUIOB
pacTEeHUI peryaupyroT pa3BUTHUE MPOBOASIINX TKa-
Heil. Tak, cHmXeHue ypoBHS s3Kcrapeccuu WOX4
A. thaliana TpUBOIUT K YMEHBIISHHUIO pa3Mepa IIpo-
BOISIIIMX IYYKOB W HapyIIEHUIO YIOPSIIOYEHHOI
CTPYKTYPBI CTeJIbl, TIepULIMKIIa U 3HaoaepMbl. [ToTe-
pst dyHKuUM WOX4 y MyTaHTOB wox4- I CHIKaeT aK-
TUBHOCTb ITyYKOBOTO 1 MEXITYYKOBOTO KaMOUsl B CTE€O-
JIe, XOTSI €T0 aKTMBHOCTD MCYe3aeT He MOIHOCTEIO [ 191].
WOX4 skcnipeccupyeTcss BOCHOBHOM B KAMOWM 1 TTPO-
KaMOUu. AKTUBHOCTb OpTOoJioroB WOX4 B KaMOUU BbI-
sIBJIEHA Y MHOTUX BMJIOB PACTE€HU, BKJItOUasi rojioce-
MeHHBIe [192].

Pome WOX4 B perynsumy pa3BUTHS TTPOBOISIIIX
TKaHell M3ydeHa B OCHOBHOM B paMKax MCCJSIOBAHUS
pabotel curHainbHOro Momy/isi TDIF-TDR-WOX4. TDIF
(TRACHEARY ELEMENT DIFFRENTIATION
INHIBITORY FACTOR) — CLE-nienitua, Konupye-
MBI AByMsI pa3HbIMU TeHaMu A. thaliana — CLE41
u CLE44. TDIF u ero peuentop TDR (TDIF
RECEPTOR)/PXY(PHLOEM INTERCALATED
WITH XYLEM) u3BecTHEI KaK peryiasiTOPHI, IIOAaB-
Jsmonne n1nddepeHINPOBKY KJICTOK KaMOUS B KCH-
JleMy U CTUMYJUpYylollye Mnpoaudepalunio KamMous
[193]. YpoBeHb akcnpeccuun WOX4 mioBblliaeTcsl B
Kamoum A. thaliana B orBeT Ha o0padboTky TDIF.
WOX4, B otiinuyue ot TDR u TDIF, He oTHOCUTCST K
OelIkaM, HEOOXONMMBIM UISI IomaBieHUs1 audde-
PEHIIMPOBKU KCUJIEMBI, OMHAKO, KaK 1 9TU PETYJISITO-
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PBI, BaxKeH IJISI CTUMYJISIIMHA IIPpoardepanny KISTOK
npokamMous u kamous. I1pu 3ToM cBEpXaKCIIpeccust
WOX4 He BBI3BIBACT YTOMIIECHMS CTEJIbI, UYTO IPEATIO-
JIaraeT IIPUCYTCTBHE CUCTEMBI OTpPUILIATEIIBHOI 00-
paTHOM CBSI3M, HEUTpaAIU3YIOLIEH BAUSIHUE W3JIUILLI-
Heli aktuBHOCTU WOX4. KpoMe Toro, cBepxaKcmpec-
cust WOX4 ve BimsgeT Ha ypoBHU 3Kcnipeccun CLE4]
u 44 [193]. IlokazaHo Takke, uTo opTojoru WOX4 He
BJIMSIIOT Ha MHTEHCUBHOCTB 3KCIIPECCUN OPTOJIOIOB
CLE41 y tubpunoB Tonois [194]. TDR-3aBucumoe
MOBBIIIIEHNE YPOBHS 3Kcnipeccun WOX4 B ipopocT-
Kax HabomaeTcs Takxke npu oopadorke CLE-mern-
tumoM HsCLEB tuma B, KoTopbIif CHHTE3MpPYIOT MHa-
pasutnyeckue HemaToabl Heterodera schachtii, n Ko-
TOpBIA, MO-BUAMMOMY, siBiseTcs: aHaigorom TDIF,
MUMUKpUpylomuM nofa Hero. ITpomorop WOX4 ak-
TUBUPYETCS MPU 3apakeHUM HEMaTOA0M Ha oIlpele-
JICHHBIX 3TallaX Pa3BUTUSI CUHLIUTUS — CTPYKTYPHI,
nuTaloieil Hemarony [195].

AyKCHH aKTUBHpYyeT 3Kcipeccuio WOX4, garo, B
CBOIO ouepellb, UHAYLIUPYET Pa3BUTUE MEXITYYKOBO-
ro KaMOMs U CIOCOOCTBYET AeJIEHUIO KJIETOK BHYTPHU
npoBoasiux ImydkoB. [1pu atom TDR/PXY Heobxo-
UM JJIS1 CTaOMIbHOM aKTUBaLuu 3Kcnpeccuu WOX4
ayKCUHOM. YcwieHue KaMOualibHOU aKTUBHOCTU
AyKCUHOM 3aBUCUT OT KJIETOYHOIO KOHTEKCTa, 4YTo,
BEPOSITHO, CBSI3aHO CO CHelU(UUESCKUMU ayKCUH-
gyBcTBUTeNbHBIMU TO [191]. Tak, MP orpannunBa-
€T KOJIMJIECTBO KJIIETOK KaMOUs B cTeOJIe, IIPsSIMO pe-
npeccupyst reH WOX4. B to xe Bpems apyrue ARF
(ARF3 u 4), Ha000pOT, CTUMYJIMPYIOT aKTUBHOCTD
kamous. I1pu aTom MP paboraer B caMmoM KaMOuH,
B KJIETKaX, 3Kcnpeccupylommux WOX4, a ARF3 u
ARF4 — 1 B xam0uu, 1 3a €ero npeaejiaMu — B KCHJIe-
Me 1 piioame [196]. Tem He MeHee, B IPYroOM UCCIe-
JIOBaHWU MOKAa3aHO MOJIOXUTeJIbHOE BIustHue MP Ha
WOX4 n Ha pa3Burue KaMousi B KopHe. OOHapyxe-
HO, 4TO TNpUJeralonuii HemocpeacTBEHHO K KaMOu-
QJILHOIM 30HE CJIOM KIIETOK C yX€ YCTAaHOBJIEHHOM
KCUJIEMHOI MIEHTUYHOCTHIO BBITIOJHSET (DyHKIIUU
O, mommepxkmBaroiiero padory Kamoms. Tam co-
CpeIOTOYEeH JIOKAJIbHBI MAaKCUMYM WHIOJUIYKCYC-
Hoii kucinotel (MUYK), m skcropeccHpyloTcsl TeHbI
rpyriel HD-ZIPIIT v MP, ionnepXuBass MICHTUY-
HocTb aToro ciosi. [logaBneHue sakcnpeccun MP Ha
¢doHe norepu hyHKuuu ARF7n 19 cHUXXaeT ypoBeHb
Tpanckpunuuun WOX4, psma renoB HD-ZIPIII, a
Takxke AuhGEepeHIUPOBKU BTOPUYHON KCUJIEMBI.
Nunykums skcnpeccun miR-165a, nHrmouTopa Beex
nsata HD-ZIPIII, cHikaeT ypoBeHb aKTUBHOCTH KaM-
Ous U TakKe ToAaBJisieT aKcrnpeccuto WOX4 [197]. B
peryasiiium  npojudepalum KJIETOK MPOBOISIIUX
tkaHeit WOX4 neiictByeT coBmecTHO ¢ WOX14 (cMm.
WOX14) [198]. Kpome TOro, CBEpX3KCHPECCHUS
WOX4, xak u 1oTeps1 ero GYHKIIMK, CHIZKAeT YPOBEHD
akcnpeccuu WOX14[199]. WOX4 ciocobeH B3auMo-
neiictBoBaTh ¢ 6ekamu rpyribsl HAM, a noMeHbI ak-
TUBHOCTHU IIpoMoTopoB HAM4 n WOX4 niepekphiBa-
IOTCsI B MEpUCTeMax MPOBOISIINX TKaHel [94].
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TBOPOI'OBA u ap.

V 0. sativa optomor WOX4 He TOJTBKO PETryJIpyeT
pa3BUTHE MPOBOISIEil CUCTEeMBI, HO U y4acTBYET B
noanepxanuu [TAM u pazputum ucteeB. [Ipu mo-
nmaBiaeHUM sKcrpeccnn OsWOX4 hopMupyloTcs aHo-
MajibHble TTAM, KoTopble OBICTPO TEPMUHUPYIOTCS,
HaOIoaaeTcs HapyllleHue 3akjaiku M pocTa Jiu-
CThEB, a TAKXK€ Pa3BUTUS UX MPOBOJISIIEH CUCTEMBbI
[200, 201]. ITpu aTtom CLE-nentunsl FCP1/2 nonas-
JsTi0T 3Kcnpeccuio OsWOX4 n cTUMYIUPYIOT pa3BU-
e aucTtheB [201]. C moMoIlbio TPAHCKPUIITOMHOTO
aHajiM3a u oIpeae/ICHUST COeP>KaHUsI TOPMOHOB T10-
Ka3zaHo, 4To OsWOX4 cTumMyImpyeT CUHTE3 IIUTOKU -
HMHOB MYTEM aKTUBALIMU 9KCIIPECCUU T€HOB I'PYIIIbI
LOG [200].

I'enn! rpynmbsl WOX4, Kak 1 MHOTHUE APYTHUE TeHBI
WOX, ydacTByIOT HE TOJIBKO B pPa3BUTHU IPOBOMS-
mieit cucreMbl 1 ITAM, Ho U B pereHepalmn: OpToJI0-
1 WOX4 skcnpeccupyloTcsl B pa3BUBAIOIINXCS M-
opuoreHHbIX Kayurycax Coffea canefora [202], M. trun-
catula [203], B comaTtudeckux amMopuoHax V. vinifera
[119] u opyrux BUIOB.

wWoXxe

WOX6/PRETTY FEW SEEDS2 (PFS2)/HIGH
EXPRESSION OF OSMOTICALLY RESPONSIVE
GENES 9 (HOS9) peryaupyet pa3BUTHE ceMsi3adar-
KOB. PFS2 skcnpeccupyetcst B [IAM u B mpumMopau-
SIX JIMCTbEB, B MEPUCTEMAX 1IBETKA, MPUMOPAUSIX Opra-
HOB 1IBETKA, MbUTbHMKAX, ITIECTUKAX U ceMsi3adarKax, a
TakKe, B MEHbIIIEN CTeNeHU, — B TJIOAOJUCTUKAX, Jie-
MecTKax U YalleJUCTUKax. Y pacTeHUl ¢ HapyllleHUeM
¢yHKIIMM 3TOrO TeHa (pfs2-1) yMeHblleHa MaTepuH-
cKasi KJIeTKa Meracriop u, o-BUIAUMOMY, BCJIEACTBUE
3TOr0 HapyIIEHO Pa3BUTHE 3apObIIIEBOTO MellKa. Y
MYTaHTOB pfs2-1 ¢dopMupyeTrcsi HaMHOTO MeEHbIIe
JKM3HECTIOCOOHBIX CeMsI3a4aTKOB, YeM Yy pacTeHMId
IUKoro turma. Takxke y HUX yKOPOUYE€Hbl UHTETYMEH -
Thl, HAPYIIECHO Pa3BUTHUE JIETIECTKOB U JIMCTHEB. DTa
MyTallys TIPOSIBJISIETCSI Ha CTaluu criopoduTa: rere-
po3urotHbie pacteHuss PFES2/pfs2-1 bopmupyior
HopMaJibHbIe cemsizayaTku. [204, 205]. PFS2, no-
BUIMMOMY, Y4acTBYEeT TakXKe B TOJaBIEHUMU IKC-
npeccun AG [205], a BO3MOXHBIMU peIipeccopamMu
aKkcrnpeccuu caMoro PES2 moryt 66T LRR-K1Ha3bI
ERECTA u ERECTA-LIKE1 u 2 [206].

AHanu3 apyroii Mytauuu B reHe WOX6 moka3biBa-
€T, YTO 3TOT I'eH Y4acTBYET B OTBETE€ Ha XOJIOHdOBOI
cTpecc: MyTaHThl #0s9-1 co BctaBkoii T-JIHK B 3'-
JacTh T'eHa 00agaroT OONbIIe YyBCTBUTEIILHOCTHIO
K OTpULIATEIbHBIM TeMIIepaTypaM, Y HUX MOBBIILIEHbI
YPOBHU 3KCIPECCUH Psiia TCHOB, BOBJICUEHHBIX B OT-
BET Ha XOJI0J. DTU MYyTaHTHI OTJIMYAIOTCS OOJIee MEI-
JIECHHBIM POCTOM KOpHEU 1 MoOeroB, a Takxke OoJjiee
MMO3MHUM IIBETEHHMEM, OHM MMEIOT Y3KHE U MEJIKHe
JIVCThSI 1 MEHBIIIee KOJIMUECTBO TpuxoMoB [207].
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WoXx7

WOX7 perynupyeT pa3BuUTHEe OOKOBBLIX KOpPHEI.
IIpomotop rena WOX7 akTuBeH B KOHYMKAX KOpHE
B KJIETKaX-MHUIUAISIX KOPTEKCa U SHIOJAEPMBI U B
caMoii HAoAEPME, a TAKXKEe B IIPUMOPINIX OOKOBEIX
KOpHEI, IMPEUMYIIECTBEHHO OO0 WX IMOSBICHUS Ha
TMMOBEPXHOCTU KOPHS. Y pacTeHMid ¢ MyTalueil B
WOX7 NoBBIIIEHO KOJMYECTBO OOKOBBIX KOPpHEI 1
npuMopANeB OOKOBBIX KOpPHEM, a CBEPX3KCIIPEC-
cuss WOX7 npuBOIUT K CHUKEHUIO YKcaa O0OKOBBIX
KopHeil. WOX7 nomaBisieT 3KCIIPECCHUIO TeHa K-
suHa CYCD6;1, ogHaKoO y pacTeHUil ¢ MyTalllell B
CYCDO6;1 xonudecTBO OOKOBBIX KOpHEM maxe He-
MHOTO OOJIbIlIe, YeM Yy pacTCHUI TUKOTO Tuma. AK-
TUBHOCTB IIpoMoTOopa WOX7 1ipu 3TOM NOIaBIIsSIeTCS
1pu 00pabOTKe ayKCMHOM, YTO COOTBETCTBYET MpPO-
TUBOTIOJIOXHBIM POJISIM 3TUX PETYJISITOPOB B KOHTPO-
JIe 3a10KeHMsI OOKOBBIX KOpHeil. JlobaBieHue B cpe-
Ny TJII0OKO3bl WKW caxapo3bl aKTMBUPYET MPOMOTOP
WOX7. BbicOKMe KOHIIEHTpAallMd 3THX caxapoB MpU
MOBBIIIIEHHOM COOTHOIIICHUY CONEePXKaHMsI yIiIepoaa 1
a30Ta IoJaBJISIIOT 00pa3oBaHUe OOKOBBIX KOPHEM, O/~
HAKO 3TOT 3(P(PEeKT OTCYTCTBYET B pacTEHUSIX C Hapy-
menneM pyHkunn WOX7. Takum o0pa3oM, BO3MOXK-
Ho, WOX7 omnocpenyeT MHruoupylolee IeiCcTBUE ca-
XapoB Ha 00pa3oBaHUe OOKOBBIX KOopHeit [208].

[TPOMEXYTOYHAA BETBb (T2)

T® WOX npoMexXyTOYyHOM KJIaabl OOBIYHO BO-
BJICUCHBI B PETYJISIIIUIO0 SMOpUOTeHe3a U pereHepa-
uuu. POyHKIMOHAABHO M (uioreHeTndyecku TO
JaHHOW BETBU pa3zejeHbl Ha ABe rpyrbl: WOX8/9 u
WOXI11/12. T® WOXI11/12 A. thaliana obmanmaiot
CXOIHBIMU (PYHKIUSIMU, TIO3TOMY OHHM PACCMOTPEHBI
BMecCTe.

WoXs§

WOXS8/STIMPY-LIKE (STPL), kak yxe ynomu-
HaJloCh, SIBJISIETCSI PETYJISITOPOM AMOpUOreHe3a, OH
y4acTBYeT B (pOpMUPOBAHUHN alTMKaIbHO-0a3aJIbHOM
OCH TIOJISIPHOCTH 3apojpbiiiia. WOXSE skcripeccupyer-
cs B SMLIEKJIETKE U B LICHTPAJIbHOM KJIETKE, a MoCje
OTLIIOAOTBOPEHMUS U IEJICHUS 3UTOThl — B 0a3abHOM
KJIETKE U ee TIOTOMKaXx, KJIeTKax CycreH30pa 1 TUIo-
¢u3eI, 1 B yacTu 3HIocnepMma [1]. ¥V pactenmii ¢ mmo-
Tepeit hpyHkunu WOXSE yacto HapyllIeH COCYaUCThIi
MaTTepH B CEMSIONSX, a ayKCUMHOBBI MaKCUMYM B
0a3ajbHOM I10JIIOCE PACIIPOCTPAHSIETCS Ha BECH CYC-
MEH30pP, B OTJINYME OT pacTeHUI TMKOTO TUIIa, Y KO-
TOPBIX OH JIOKAJW30BaH JIUIIb B 0a3aJibHOW 4yacTu
SMOpPHMOHA M B caMOil BEpXHEH YacTH CycIleH30pa.
Bo3moxHo, WOXS8 aktuBupyet skcnpeccuto PIN7 u
obecrneunBaeT OTTOK ayKCHMHA M3 cycrneH3opa [186].
@Oyukuun WOXSE B sMOproreHe3e 4aCTUYHO BBIITOJI-
HSTIOT Takke TeHbl WOX2 u WOX9 (cM. COOTBETCTBY-
olMe pasaenbl). BaxkHblil peryJsiTOpHbIA MOIYJ/b,
BKJTIOUAIOIINIA (IT0 MEHBIIEH Mepe, IO HACTOSIIEro
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BpemeHn) WOXS, Ho He WOX2 1 9, cBsa3an ¢ CLES —
nentugom us rpynmnsl CLE. CLES skcnipeccupyeTcst
B SMOpHOHE U B 3HAOCHepMe. Y pacTeHUI ¢ moTepeit
dyakumu CLES sHOOCIIEpM HETOPa3BUT, a pa3BUTHE
SMOPHMOHOB U cyclieH3opa HapyieHo. CLES Heob6-
XOIUM Takke 1jist akTuBauuu WOXS B cycrieH30pe U
sHpocriepme. CBepxakcnpeccust CLES BeneT K yBe-
JIMYESHUIO pa3Mepa ceMsiH, OOHAKO TToTepst QYHKINU
WOXE8 cHumaetr aT10T 3ddekT. BepositrHo, WOXS
onocpenyetT Biusgane CLES Ha passutne sMopnoHa
u sHgocnepMma [209].

WOX8 Bmecte ¢ WOX9 yuacTtByeT B (hopmMupoBa-
HHUU allKaJIbHO-0a3aIbHOM oc onsipHocTh. Corac-
HO JaHHBIM T€eHETUYECKOTO aHAJIN3a, ISl UX aKTUBALIUU
HeooxommMm TP WRKY?2 ¢ moMeHOM TUTIA “IIMHKOBBIE
nanelbl” [210]. Tpanckpunimo WOXS coBMeCTHO ak-
tuBUpYIoT T® WRKY2 u T® us cemeiictea HD-ZIPIV
HOMEODOMAIN GLABROUSI1/12 (HDGI1/12).
AxtuBauug Td WRKY2 omocpenyercs KuHa30i
SHORT SUSPENSOR, MPHK koTtopoii moctymaet B
3uroty m3 cnepmusa. B 1o Xe Bpemsa HDGI1/12
SKCIIPECCUPYIOTCS B SUIEKIIETKE, T.€. JJIsl aKTHBa-
1 WOX8 HeoOX0oIUMO COBMECTHOE IeficTBUE U Ma-
TEePUHCKMX, 1 OTHOBCKUX (pakTopoB [211].

WOoX9

WOX9/STIMPY A. thaliana w3BecTeH TIpexne
BCEro KakK pPEeryjsTop 3MOPHOHAJIbHOTO Pa3BUTUS,
OIHAKO y psifia BUIOB €TI0 OPTOJIOTU SIBJISIIOTCS BaK-
HBbIMM YYaCTHUKaMu pa3BuTus coupetuit. WOX9 pe-
TYJIMPYET MPOXOXAEHUE PaHHUX CTalAuii dMOpurore-
He3a. JaHHbie 06 akcripeccun WOX9 B aMmOpuoreHe-
3¢ OTYaCTU MPOTUBOPEUYUBBI, OMHAKO U3BECTHO, UTO
OH HauMHAaeT PKCIIPECCUPOBATHCS MOCJIE IIEPBOTO Je-
JIeHUs1 3UroThl MO0 B 0a3ajibHOI, MO0 B 00eUX
KJIeTKax, 3aTeM B runoguse u B caMOM dMOpHOHE, a
B JaJIbHENMIIEM — B HAPYXHbBIX CJIOSIX 3apojbillia U B
npuMopausx cemsigoneit [1, 187]. MHuTepecHo, 4TO B
SMOpHoOHaxX ¢ HapyuleHuemM QyHKOuu MP wnm
BODENLOS (rena perpeccopa ayKCMHOBOI'O OTBETa
u3 rpynmbsl Aux/IAA) He HabaOmaeTCsl CABUT 3KC-
npeccuu WOX9 u3 runodusbl B COOCTBEHHO 3MOpU-
oH [1]. Paznuunsie myTanuu B reHe WOX9 npuBonst
K HapylleHWI0 3MOpuoreHe3a: HeIOpa3BUTHUIO Oa-
3aJIbHOM 4YacTW 3apojblllia, TUMIOKOTWISI U CeMSII0-
JIeli 1 ApyruM AedeKTam, 1/Uiau OCTAHOBKE Pa3BUTUSI
Ha TJI00YJISIpHOI CTaauu, WU paHbllle, CHUXEHUIO
YaCTOThI KJIETOUYHBIX neneHuii [187, 212]. OmHako co-
IJIACHO APYTOMY WCCIICTOBAHUWIO, PACTEHUSI C MYyTa-
uueit B WOX9 He uMeloT nedeKkToB B pa3BUTUU dM-
opuoHoB [185]. WOX§ — 6auskuii romosnor WOX9, u
ero aKcmpeccus 1oa npomoropoM WOX9 criocobHa
KOMILJIEeMEHTUPOBaTh MyTauuio B WOX9 [187]. Y ua-
CTU JIBOMHBIX MYTAHTOB C IMPEATIOIAraéMou rmoTepen
¢dyukiu reHoB WOXS u 9 HabmonaioTcs Hapyle-
HUS B JeJIeHUSIX KJIETOK alluKaJbHOTO U/ 1u 6a3ajib-
HOTO IOMEHa U OCTaHOBKa pa3BUTUs 10 (hopMUPOBa-
HUS ceMsIIoei. ¥ TaKX SMOPMOHOB HapyIIIEHBI 1O~
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MEHBI aKTHMBHOCTH IIPOMOTOPOB TI'€HOB-MapKepoB
pa3IMYHBIX YacTeil 3aponsbliia, B ToM yuciie WOXS,
WOoX2, WOX5 v ZWILLFE [185, 187]. Kpome Toro,
IUIST 3TUX SMOPMOHOB XapaKTepHO HapylIeHUE DKC-
npeccun PINI n, BeposITHO, BCIAEACTBHUE 3TOIO OT-
CyTCTBME MaKCUMYMOB ayKCWHa B 3apoppbiiie [185,
187]. Dxronmmueckasg aktTuBHOCTb WOX2 B sMOpHroHe
U CYCITEH30pe CITOCOOHA YaCTUYHO BOCCTAHOBUTDH HOP-
MaJIbHbII1 (DEHOTUIT 3MOPHOHOB HAHHBIX MYTAaHTOB
[185]. Takxe morepss dynkuuu DWARF TILLERI
(DWTI) v DWT-LIKE2 (DWLZ2) — nByx u3 Tpex op-
TojioroB WOXS§/9y O. sativa — NpUBOAUT K JIETAIbLHO-
ctu 5MOpuoHOB [213]. I'enbl rpynimer WOX9 yaacTBy-
10T Takke U B CO: TTOBBIIIEHHBIN YPOBEHBb 3KCIIPEC-
cuu oprojoroB WOX9 B xone CBOD oOHapyxkeH Yy
M. truncatula [214], P. abies [16] n Opyrux BHUIOB.
Csepxakcnpeccust MtWOX9-1 ctumynupyer CO y
M. truncatula [215], a mnopmaBieHUE BSKCHPECCUU
PaWOX8/9y P. abies mipuBOoAUT K HAPYIIEHUIO MOP-
GoJOTUM COMATUUYECKUX 3MOPHMOHOB U Pa3BUTUIO
Ha X OCHOBE BTOPMYHBIX COMAaTUUYECKUX IMOPHO-
HOB [216].

Bckope mociie mpopactaHusi akcrnpeccust WOX9
Haomongaercsa B [TAM n mpuMopausx IMCThEB, a 3a-
TeM B MepUCTeMax [IBETKOB U Pa3BUBAIOIINXCS Opra-
HaXx 1IBETKa Ha HaYaJIbHBIX CTAAMSIX POCTA, a TAKXKE B
SIMMIIEpMHUCE TTalleHTHI [ 1, 212], B pacTy1ieii mepero-
polke riona u B BepxHent yactu KAM [212]. OnHa u3
MyTtauuii B WOX9 npuBOIUT K HAapyIIEHUIO Pa3BUTHUS
ITAM: gepe3 HECKOJILKO THEM ITOociie MpOopacTaHUs
OHa MOJHOCThIO AuddepeHpyeTcsa. WOX9 BaxeH
ISt TomuepxkaHus akcrpeccun WUS u CLV3 nociie
npopactaHus. Tem He MeHee, dyHKun WOX9 He
OrpaHUYMBAIOTCS, MTO-BUIMMOMY, akTuBaLueii WUS,
IMOCKOJIBKY IIOC/e IpeKpalleHus: (GyHKIIMOHUPOBA-
Hus [TAM myTtaHTEL ¢ HapyimeHueM dyakunu WOX9
He GOPMUPYIOT HU JIMCThEB, HA BTOPUYHBIX ITOOETOB,
B OTJIMYME OT MYTAHTOB C ItoTepeit ¢pynkuum WUS.
HMHuTepecHo, 4TO IIpY NpopallliBaHUU HA Cpele C ca-
Xapo30ii, KOTopasi CTUMYJIUPYET AeeHUEe KJIETOK, Ta-
K1€ MYTAHThI Pa3BUBAIOTCSI NPAKTUIECKU HOPMaJlb-
Ho. [Tocie mepexoma ITAM B cTaguio permpOIyKTUB-
HOT'0O POCTa caxapo3a rnepecTaeT ObITh HEOOXOIMMOIA.
WOX9 He 3KcIIpeccUpPyeTCs B MEPUCTEME COLIBETUSI
W, IO-BUANMMOMY, He TpeOyeTcs 11sl €€ (DYHKIIMOHM -
poBaHus [212]. O6HapyXeHO, YTO IO MEHbIIIEH Mepe
OIHOM 13 HEenmoCpeACTBEHHBIX MuiieHeir WOX9 saB-
nsietcsd reH nukimHa CYCP2; 1, perynupyIoniero 1me-
pexon G2/M kietouHoro 1ukia. Caxapo3a Takxke
cnocobHa aktuBupoBatb CYCP2; 1 [217].

Optonoru WOX9 y nacjieHOBBIX YYaCTBYIOT B pe-
ryassumu  pa3Butus coupetus. Tak, Td EVER-
GREEN (EVG) P hybrida — romonor WOX9 u
WOXS8 — oTBeuaeT 3a apXUTeKTypy coleTusl. P. hybrida
MMeeT UMO3HOE COLIBETUE: B XOJIE€ €r0 Pa3BUTHUS allk-
KaJbHas MepUCTeMa IEJIUTCS Ha ABe: JaTepalbHyIo U
MepucTeMy LiBeTKa. MepucTeMa 1iBeTKa oopa3yeT 1iBe-
TOK, a JIaTepaJibHasI MPOAOJIKAET PACTU U 3aHUMAET Me-
CTO anuKaJdbHOW. 3aT€M 3TOT LIMKJ MOBTOPSETCS, U
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pa3BuUBaeTcd 3uUr3arooopasHoe cousetne. EVG sKc-
MIPECCUPYETCS] B MEPUCTEME COLIBETUSI, HO HE B MEpH-
cTeMe 1IBeTKa. Y pacTeHmii ¢ myTtauueii B reHe EVG me-
PUCTEMBbI COLIBETUSI HE PA3IEISIOTCS U MPOAOIKAIOT
GopMHUPOBATh EIUHBIN CTEOEIb, XOTS W YTOJIIISHHBIN.
Yepes HECKOIbKO Y3JIOB TaKUE MEPUCTEMBbI pas3iessi-
IOTCSl HA HECKOJIbKO BETBEW, W IIMKJ IOBTODPSIETCS.
Kpome Toro, HuU onHa U3 3TUX MEPUCTEM HE MOXET
chopmupoBath 11BeToK [218, 219]. CornacHo pe3yib-
TaTaM T€HETHMYeCKOoro aHaiausa, B Hopme EVG tem
WIX UHBIM CIIOCOOOM aKTUBUPYET 3IKCIPECCHUIO
DOUBLE TOP (DOT), romonora UFO A. thaliana,
OEJIKOBBIN MPOAYKT KOTOPOTO, B3aMMONEUCTBYS C TO-
mosiorom LEAFY — 6enkom ALF (ABERRANT LEAF
AND FLOWER), obecnieunBaeT (popMHUpOBaHUE
nBeTkoB [218]. Takxe optomor WOX9y S. lycoper-
sicum — reH COMPOUND INFLORESCENSE (S) —
Y4acTBYeT B PeTyJISILIMU BETBJICHUS COLIBETHUSI; MyTa-
IIMM B 9TOM T€He WJIU €ro MpoMOTOpPE MOTYT ITPUBO-
JIUTh K BOBHUKHOBEHUIO CUJIBHO PAa3BETBJIEHHOIO CO-
uBetus [45, 220], yTo cBsI3aHO € 3aMeJICHHBIM Mepe-
XOJIOM BEreTaTUBHOW MEPUCTEMbl B MEPUCTEMY
COLIBETUSI U 3aMEJJIEHHBIM MEPEXOJIOM MEPUCTEMBbI
COLIBETUSI B MEPUCTEMY IIBETKa, B pe3yJbTaTe 4ero
pPSJIOM C HUMU yclieBaeT cpopMuUpoBaThCsl OOJIbIiIe
HOBBIX BEreTaTUBHBIX MEPHUCTEM W MEPUCTEM CO-
1BeTuUs1, yeM B HopMe [221]. Kak 1 EVG, S akTuBu-
pyet oproyior UFO, reH ANANTHA, B MmepucTteme
nBetka [220]. CxonHble B3aUMOOTHOIIIEHUS U (PyHK-
LIMU BBISIBJIEHBI Y OPTOJIOTOB JaHHBIX reHOB Capsicum
annuum [222].

ITo menb1Ie# Mepe oguH U3 opToaoroB WOX8u 9
O. sativa, DWTI, ydacTByeT B peryjsiiuMM OajlaHca
MEXKIY POCTOM OOKOBBIX ITOOETOB 1 OCHOBHOTO IO0€-
ra. B HopMme 3Ti mobern MMeIoT OJHY BEICOTY, OJTHA-
Ko miotepsi yHkuuu DWTI (mytauust dwtl), He
BJIYSISI HA BBICOTY OCHOBHOIO IT00era, IpUBOIUT K
YMEHBIIEHUIO IUTMHBI 00KOBBIX oderoB. DWT'] 3kc-
MpecCUupyeTcsl B pa3IMYHbBIX YACTSIX pACTEHUSI, BKJIIO-
yasi SMOPHUOH, KOHYMK KOPHSI ¥ MOJIOJIbIE METEJIKM,
HO HE B YUIMHSIOLIMXCS MEXIOY3/IMSIX, TaM TakKXKe He
JNIeTEeKTUPYETCsSl ero OeJKOBBbI MpoaykT. BeposiTHO,
neiictBue 3T0oro TA IIPUBOOUT K BO3HUKHOBEHHIO
MoKa He MASHTU(PUIMPOBAHHOIO MOOMIBHOTO CHUT-
HaJia, BJIMUSIOLIETO Ha YIJIMHEeHUE MeXaoy3auii [223].
Cpenu TeHOB, 3KCIIpecCcusl KOTOPBIX M3MEHEHa B
MEXIOY3IUSIX pacTeHnit ¢ motepeit pyakumm DWTI,
MHOTO I'€HOB, CBSI3aHHBIX C LIMTOCKEJIETOM U AeJIeHU-
€M KJIETOK, a TaKKe C METa0O0JIM3MOM U CUTHAIbHBI-
MU MYTSIMMW LIUTOKMHUHOB. Takxke B MEXIOY3JIMUsX
MyTaHTOB dwt I O. sativa NOBBIIIIEH YPOBEHb KCIIpeC-
cuu reHa, kogupyoiero ¢pepmeHT OsGIBBERELLIN
2-OXIDASE 1 (OsGA20X1), uHaKTUBUPYIOIIUNA
rub0epe/JINHbBI, CHUXKEH YPOBEHb 9KCIIPECCUU TeHa,
Y4acTBYIOILIETO0 B OHWOCHMHTE3e TIuOOepeNINHOB
(OsENT-COPALYL DIPHOSPHATE SYNTHETASE 1),
U yMeHbIlIeHa WHTEHCUBHOCTb OTBETa Ha 3K30TeH-
HEI TM66epeunH [223]. DWT1 u ero 0im3kuii ro-
monor DWT-LIKE2 (DWL2) crmocoOHBI K B3aMO-
Ne 3
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YTO MOTI'YT PACCKA3ATDH BEJIKHN WOX

nevicrBuio ¢ OsPIP5K1, ¢pepmeHTOM, BOBICUEHHBIM
B CHMHTE3 BaxKHEMIIero BTOPUYHOIO IOCPEIHUKA —
dochartuannmHosuTto-4,5-6uchocdara. Iloreps
dyakumm OsPIP5K]1 ipruBOIUT K pa3BUTHUIO pacTe-
HUI ¢ YKOPOUYEHHBIMU OCHOBHBIM U OOKOBBIMM I1O-
beramu, a cBepxakcrapeccuss OsPIP5K] 4JacTU4HO
KOMIIEHCHpPYeT Oe(EeKTHl MYTAaHTOB dwtl, yBEINMUIN-
Basl IJIMHY OOKOBBIX ITOOETOB, BO3MOXHO, 3a CYET
B3aumoneiicteust OsPIPSK1 ¢ DWL2 [213].

WOXI1u 12

WOXI11 u ero 6amuskuii romonor WOX12 usBect-
HBI B IIEPBYIO OYepelb KaK PeryJIsiTOpPhl KaJLIycO00-
pa3oBaHUSI U Pa3BUTHUSI MPUIATOUHBIX KOpHEMH, T.e.
KOpHE, KOTOpble BO3HUKAIOT U3 HEKOPHEBBIX Opra-
HOB, a TakXe MpU pereHepaluu in vitro Wiv mnocie
rMopaHeHWs. Y pacTeHU ¢ MyTauusMU B TeHe
WOXI1w/vunm 12 npyuaatoyHble KOPHU Ha JIMCTOBBIX
9KCIJIAHTaX 00pa3yloTcs MeIJICHHEE, a MX KOJIM4e-
cTBO cHUXKeHo. CBepxakcnpeccust WOX1 I npuBonut
K YCUJICHHOMY (DOPMUPOBAHUIO MTPUIATOUHBIX KOP-
Hell 1 KaJutyca y 9KCIUIAaHTOB Ha cpejie 0€3 TOpMOHOB
U K YCUJICHUIO Kajutycoobpa3zoBaHus Ha cpege CIM
[224]. TTpu pereHepaliuu KOpHeil Ha 6€3ropMOHalIb-
HOI cpede W3 JIMCTOBBIX JKCIJIAHTOB aKTHMBHOCTh
nmpomotopoB WOXI11 u 12 HaGmomaeTcsl Ha paHHUX
CpoKax, B MPOKaMOUM LEHTPAJbHOUN XWUJIKU JIUCTa
BOJIM3M MECTa cpe3a, a 3aTeM B KJIeTKax-OCHOBaTe Ib-
HUILIAX IIPUIATOYHOIO KOpPHsSI. 3aTeM B pacTylleM
OPUMOPAUM MPUAATOYHOTO KOPHSI, TAe IMPOMOTOPBI
retoB WOXI11 n 12 yxxe He aKTUBHBI, HAUMHAIOT pa-
6otath mpoMotopbl WOX5/7 [224, 225]. 1o cBoeit
MpUpoe U HAOOPY IKCITPECCUPYIOIIMXCS TEHOB KaJl-
JIyC CXOIEH C IIPUMOPINEM KOPHsI, ¥ IpH (hopMUPO-
BaHUU KaJIJTyca U3 JIMCTOBBIX KCIIJIAHTOB IPOMOTOP
WOXI I akTBeH TakXe B IEHTPaJbHOM XUJIKe, Map-
Kupys (popMupoBaHUE KJIETOK-OCHOBATEIbHMII, a B
yke oOpa3sylolieMcsl Kajuryce mpomotrop WOXI1 He
aKTUBEH, HO HaYMHAaeT (PyHKIIMOHUPOBATH IIPOMO-
Top WOX5 [224].

WOX11/12 HenocpeaCTBEHHO aKTMBUPYIOT 3KC-
npeccuio WOXS5/7, KOTOpbIe, COTJIACHO aHAIN3y MY-
TAaHTOB, TakKXKe BaXKHBI IJisi (pOpMUpPOBaHUS MpUIa-
TOYHBIX KOpHe# [225]. Takke WOXI11 3amyckaet
SKCIPECCHUI0 CTUMYISITOPOB KaJLTyCOOOpa30BaHUS U
GopMUPOBAHUS TTPUIATOUHBIX 1 OOKOBBIX KOPHEIN —
reHoB T® LBD (LATERAL ORGAN BOUNDARIES
DOMAIN), BuactHocti LBD16 1 29, npuuem noka-
3aHo, 4yTo LBD 16 npsimo aktuBupyercss WOX11 [224,
226]. AykcMH ¥ TIOJSIpHBIA TpaHCIIOPT ayKCHHAa
BaxKHHBI 111 akTuBauuu WOX11 u 3ammycka 3Kcrpec-
cunu WOX5/7 n, B KOHEYHOM cueTe, ISl pereHepaluu
KOopHeii [224, 225]. TeMm He MeHee, CBEPXIKCIIPECCUST
WOXI11 cnocobHa 4aCTMYHO BOCCTAaHABJIMBATh CIIO-
COOHOCTD K pereHepally IIpU IMoAaBIeHU CUHTE-
3a aykcuHa [227]. HanpotuB, 3TUJIeH IOAaBJIsIET
pereHepanuio KopHeit, a WOX11 u 5 penpeccupy-
10TCd 3TUaeH-4yBCcTBUTEIbHBIM T® ETHYLENE-
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INSENSITIVE3 (EIN3). HWHTtepecHO, 4TO 4YeM
cTapllle JUCTOBOM B3KCIUIAHT, TEM CUJIbHEe B HEM
akcnpeccupyetrcst EIN3 u cnabee — WOXI1, nu tem
OoJiee 3aTpyoHeHa pereHepanns KopHei [228]. Tak-
K€ OOHapyXeH OAWH U3 MEXaHU3MOB AMUTEeHETUYE-
cKoit perynsiuun WOXI1 nipu KajlycoreHese: aTu-
nuaHbI BapuaHT ructoHa H3 — H3.15 (6e3 ocraTka
JIM3MHA B MO3UIMU 27) CBSI3BIBACTCS C JIOKYCOM
WOXI 1 v akTUBUPYET €ro SKCIPECCUI0, BEPOSITHO, 3a
CUET YMEHBIIECHUS KOJIMYECTBA PEINPECCUPYIOLINX
MmeToK H3K27me3 [229]. CxomHast cxema B3auMO-
neiictBust oprosoroB WOX11/12 u WOXS B Kayutyco-
obpaszoBanuu Ha cpene CIM o6HapyxeHa y O. sativa
[230]. Dkcmpeccust opronoroB WOX5 n 11 ipu Kaj-
JlycoreHese BhIsIBJIeHa y Z. mays, 1y rubpuna P. da-
vidiana X P. bollena [230], a ygacThe OpTOJIOrOB
WOX11 B o6pa3zoBaHUM NPUIATOYHBIX KOPHEH TTOKa-
3aHO y pa3IMYHbIX BUAOB U rubpunoB Populus [231—
233]. Kak 1 y ceMeHHBIX pacTeHUI, y ITalTopOTHUKA
Ceratopteris richardii oOHapyXeH MyTb (POpMHUpPOBa-
HUS TIPUAATOYHBIX KOPHEM, MPpU KOTOPOM (paKTOPHI
ayKCUHOBOI'O OTBETa aKTUBUPYIOT F'eH TTPOMEXKYTOU-
Hoit knanel WOX CrWOXA, KOTOpBIA aKTUBHPYET
sKkcnpeccuto reHa kiaagel WUS — CrWUL. Takum 00-
pa3oM, 3TOT IyTh (POPMUPOBAHMS TTPUAATOYHBIX KOP-
Hell (aykcnmH—TeH WOX npoMeXyTOUHOM KJlaabl—IeH
WOX knansl WUS) KoHcepBaTUBEH Yy MallOPOTHUKOB
1 ceMeHHBIX pacteHuil [234]. CrWOXA skcrpeccu-
pyeTcs 1 IIipu 00pa3oBaHUM OOKOBEIX KOpHeit [4]. T'e-
HbI rpyminbl WOX1 1 y4acTBYIOT U B IpYTUX BapUaHTaxX
pereHepanny, TakK1ux Kak rmobderooopasosanue u CH.
Tak, moka3zaHo mosoxkuTeabHOe BIusHue PIWOX11
Ha pereHepanuio noderos y P. alba x P. glandulosa
[233]. I1oBHIIIEHHBINM YPOBEHb SKCIIPECCUU OPTOJIOTA
WOX11 BrIssBIEH TaK:Ke B SMOPHMOTEHHBIX KaJLTycax
M. truncatula [214] u B coMaTU4ECKMX SMOPUOHAX U
HedMOPUOTEeHHBIX Kajiycax V. vinifera [119].

ITomumo yyacTusi B mpolieccax pereHepaiuu
in vitro, T® rpynnsel WOX11/12 y4acTBYIOT B pa3Bu-
TUU pacTeHUs in vivo ipu (GOPMUPOBAHUU MpUIA-
TOYHBIX KOpHE. Y A. thaliana WOX11/12 He BIUSIIOT
Ha ¢dopMHUpoBaHUE OOKOBBIX KOpHEH, KOTOphIe B
HopMe opmupyroTcs 3a cueT aktuBauuu ARF7/19,
n ripomotop WOX11 He akTUBUpYETCS B XoOe obOpa-
30BaHUsI OOKOBOTO KOpHS [226]. OgHako Mpu BbIpa-
IMMBAaHUM IIPOPOCTKOB B MouBe mpomorop WOXI1I1
aKTUBUPYETCS B Pa3IMUYHbIX yyacTKaxX KOPHS, U U3-
MeHeHue ero (pyHKIUU BAUSIET HA KOJIUUYECTBO BTO-
PUYHBIX, TPETUUYHBIX U YETBEPTUUHBIX KOpHeii. Be-
POSITHOM TPWYMHON TaKUX pa3Iuduii MOTYT OBITh
MOBPEXKICHUST, KOTOPbIE KOPHU MOJIY4YaroT IPU POCTe
B ITOUBE U KOTOPbIe CTUMYJIMPYIOT 00pa3oBaHUE KOp-
Hel, CXOOHBIX C TIpUAATOYHBIMU. B (popMupoBanum
KaK O0KOBBIX, TaK M IPUIATOUHBIX KOPHEI y4acTByeT
T® LBD16. WOXI11 3a cueT mpsIMOi aKTHBalLMU
LBD16 ctuMynupyeT pa3BUTHUE NMPUIATOYHBIX KOP-
Hell U KopHell B Mmecte moBpexaeHusi, a ARF7/19
ctumysmpyiotr LBDI16 B citydae pa3BUTHUSI OOKOBBIX
KOpHeIi 0e3 MoBpeKIeHUs KOpHs [226].
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V 0. sativa opromor WOXI11 BreITTOTHSET OOIEe
MHOTOYMCJICHHBIe (yHKIUM. PacteHuss ¢ morepei
¢yakuum OsWOX11 nipaktudecku He (OpMHUPYIOT
MIpUIaTOYHBIE KOPHU, KPOME TOTO, UX IEPBUYHBIA
KopeHb 1 [TAM ToXe Heopa3BUTHL, 1 OHU HE TOXKM-
BaloT 10 B3pociioro coctossHus. OsWOX1 1 akcnpec-
cupyetrcst B KAM, ITAM wu crebine, a Takke B TIpU-
MOPIUSX MPUIATOUHBIX KOPHEW, HAUMHAsI ¢ paHHUX
CcTaauii MHULIMALIMM, U B MEPUCTEME 3peJIbIX Mpuaa-
TOUHBIX KOpHeit. CBepxakcnpeccuss OsWOX11 npu-
BOJUT K Pa3BUTHIO OOJIBIIIOTO KOJMYECTBA MPUAATOY -
HBIX 1 OOKOBBIX KOpHEI. AYKCUHBI TTOBBIIIAIOT YPO-
BeHb OKcmpeccun OsWOXI1I, a TUTOKWHWUHBI
cHimkaror. OsWOX11 HeoOXxomuM IJIsi CTUMYIUpYye-
MOI'0 ayKCMHOM Pa3BUTUSI MPUIAATOUYHBIX KOPHEI y
puca [235]. IIpu stom OsWOX11, BeposITHO, TT0T0-
XKUTEIbHO BIMSET Ha IMepemady IIMTOKMHWHOBOIO
CUTHaJIa, SIBJISISICH IIPSIMBIM peripeccopoM reHa OsRR2,
KOAUPYIOILIETO PeIIpeccop HUTOKMHUHOBOTO OTBE-
Ta — ARR Tuna A [236]. TakxXe moKa3aHO B3auUMO-
neiictBue OsWOX11 ¢ T® OsERF3 u3 cemeiictBa
AP2/ERF, cTUMYJISITOPOM DPa3BUTHS MPUIATOUHBIX
KOpHEM 1 pocTa INIaBHOTO KOPHSI. YPOBEHb 9KCIIpec-
cun ERF3 yMeHbIIIEH B paCTEHUSX C MoTepeid PyHK-
uun OsWOX11, onnako ERF3 criocobeH perynupo-
BaTb pa3BUTHE KOPHEM MO IyTH, HE CBSI3AaHHOMY C
OsWOXI11. OsERF3 rakxe cBsa3biBaeTcst ¢ OsRR2 (HO
HE B TOM PETMOHE, B KOTOPOM C HUM CBSI3bIBACTCSI
OsWOX11), omHaKo OH He TOJABIISIET, 4 CTUMYINPY-
et akcripeccuto OsRR2. ITpn atom OSsERF3 crmoco6-
ctByeT B3amMmoneicTeiio OsWOXI11 co cBouM caii-
TOM CBsI3bIBaHUS B JJoKyce OsRR2. OsRR2 ctumynu-
pYyeT 3aI0KeHUEe IIPUIATOYHbBIX KOPHEl, OMHAKO eTO
BIWSIHAE Ha IJIMHY KOpHEM HEOOHO3HAYHO, 4TO
OOBSICHSIET pa3HOHAIIpaBJIECHHOE BJIMSHNE Ha HETO
OsWOXI11 u OsERF3 [237]. OsWOX11 Tak:ke CBSI3bl-
BaeTCsl C KOMILJIEKCOM, BKJIIOYAIOIIMM BCIOMOTa-
TeJabHBIN 0e1o0K OSADA2 1 rucToH-aleTUATpaHche-
pa3dy OsGCNS5 st akTMBallMU 3KCIPECCUM TeHOB-
MUIIIeHEeH (C MOMOIIBIO alleTUINPOBAHMS TUCTOHOB)
Y CTUMYJISILIMU pa3BUTUSI TIPUAATOYHBIX KOPHE, aK-
TUBHUPYS B TOM YKCJI€ TEHBI, CBSI3aHHbBIE C TPAHCITOP-
TOM ayKcuHa, B yacTHocTu OsPIN9, a Takke ¢ MeTa-
0OJIM3MOM M ITOCTPOSCHMEM KJIETOUHOM CTeHKM [238].
I'en T® DEGENERATED HULL 1 (DH1)/0OsLOB16,
6m3kuii romoJior LBD16 A. thaliana, npeacraBisieT
coboit mumeHb OsWOXI11 [239]. T[Tomumo peryJsi-
oy o0pa3oBaHMsI IIPUAATOYHBIX KopHei, Os-
WOXI11 perynupyeT IOIJIOIIEHUE KOPHSIMU MUHE-
panbHBIX BenlecTB 1 Boabl. [Ipomotop OsWOX11 axk-
TMBEH B 3MUAEpMUCE, B KOHUYMKAX Y 30HE pOCTa KOPHS
[236], a cam OsWOXI11 ctuMynupyeT obpa3oBaHUe U
POCT KOPHEBBIX BOJIOCKOB. YPOBEHb 9KCITPECCUU AaH-
HOTO T'eHa MOBBIIIAeTCSI B OTBET HAa BOAHBIN CTpecc, a
pacteHus ¢ mytauueit B OsWOX11 6onee 4yBCTBU-
TeabHBbI K 3acyxe [240]. Kpome Toro, cpeau Hemno-
cpencTBeHHBIX MutieHer OsWOXI11 obHapyKeHBI Te-
HbI, Kogupytouue npeamnonaraembiii T® OsABIOTIC
STRESS RESPONSIVE3 (OsASR3), yyacTBytomimii
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B OTBeTe Ha Ie(UIUT BOALI U XOJIIOJOBOI cTpecc, U
OsFRD3-LIKE PROTEIN1 (OsFRDL1) — nepeHoc-
YUK LIMTpaTa, HEOOXOAUMBIi JJIs TPAaHCIIOPTa MOHOB
KeJjesa B paCTeHUM, a peaKlIus psiaa TeHOB Ha nedu-
LIAT BOJIBI 3aBUCUT OT NIPUCYTCTBUS (PYHKIIMOHATIb-
Horo OsWOX11 [239]. UHTepecHO, UTO 3KCIIpeccust
OsWOX1 1, nantpaBisieMast IIPOMOTOPOM, aKTUBHPYIO-
IIMMCS B KOPHSIX TIpU AePULIUTE Kausl, TIPUBOIUT K
CTUMYJISIIMU Pa3BUTUSI KOPHEBOIM CHCTEMBI pacTe-
HUI KaK B HOPMAaJIbHBIX YCIIOBUSIX, TaK U B YCIOBUSIX
nedunnTta Kanus [241].

Kaxk ckazano Bemie, morepst pyHkuuu OsWOX11
MPUBOJIUT TAKXKE K 3aMeJJYIEHUIO pocTa nobera, yMeHb-
meHuto pasmepa ITAM u cousetust. OsWOXI11 crio-
co0OeH K B3aMMOJEUCTBUIO C IEMETUIA30 TMCTOHOB
JMIJ705, cammaromeii Metrky H3K27me3, kortopas
TakxXXe CTUMYJIMPYET POCT MoGera 1 BJIUsIeT Ha pa3Mep
ITAM. OsWOXI11 u JMJ705 coBMECTHO peryaupyroT
MHOXECTBO IT'€HOB, CBSI3aHHBIX, B YaCTHOCTHU, C DHEP-
roooMeHoOM, (hOTOCMHTE30M, Pa3BUTUEM XJIOPOILJIa-
CTOB, OTBETOM Ha cTpecc U (hopMUPOBaHUEM TTobera,
HarnpuMmep, OSH 15 n3 cemeiictBa KNOX [242]. Tak-
xe OsWOXI11 BMecTe ¢ OIpyrMM T€HOM U3 TPYIIIBI
WOX11/12, OsWOX6, ydacTByeT B peryJIsiIMU Tpa-
BUTPONMNYECKOTO OTBETA. YPOBEHb MX 3KCIIPECCUU
YBEJIMYMBAETCSI B OTBET Ha TPABUCTUMYJISILIAIO TTPO-
POCTKOB M B OTBET Ha 00pabOTKY ayKCUHOM, TIpU Tpa-
BUCTUMYJISILIMUA YPOBEHb UX BKCIIPECCUN TOBBIIIEH B
HIXKHEU 4aCcTU IMPOPOCTKa U CHIKEH B BepxHeii. Pac-
TeHus ¢ notepeil pyHkuuu OsWOX6 u 11 cnabee pe-
arvpyloT Ha TPaBUCTUMYJISILIUIO U UMEIOT OOJIbIINI
YTOJI HaKJIOHA TT00eroB. B yclIOBUSIX IpaBUCTUMYIISI-
muu reHbl OsWOX6 u 11 ortocpemoBaHHO PEryIupy-
forcs T® HEAT STRESS TRANSCRIPTION
FACTOR 2D (HSFA2D), koTopslii, TOCPEICTBOM
aktuBanyu 3kcrnpeccun reHa T LAl (LAZY1) ctu-
MYJIMPYET aCUMMETPUUYHOE paclpeae/ieHue ayKcu-
Ha, 4YTO MPUBOAUT K aCUMMETPUYHOMY MATTEPHY
akcrpeccun OsWOX6 n 11 n criocOOCTBYET OTBETY
Ha rpaBUCTUMYASIAIO [243].

APEBHAA BETBbD (T1)

IIpencraBuTenu npeBHeit BeTBU cemeiictBa WOX
OOHapyXeHbl B T€HOME HE TOJbKO COCYIUCTBIX
pacTteHuii, HO TakxXe MX0OB (Physcomitrella patens) n
JlaxkKe OMHOKJIETOUHBIX Bomopocieit (Ostreococcus tauri)
[6]. Y A. thaliana B cocTaB JaHHOIT BETBU BXOIIT TPU
reHa: WOXI10, 13 n 14. WOX10, 6omee CXOIHBINA C
WOX14, aem ¢ WOX13, npenInonoxXuTeIbHO, SBIS-
€TCsl TICEBIIOTEHOM, TTOCKOJIbKY €ro 3KCIIpeccusi He
ObUIa neTeKTupoBaHa [244], a WOX13 n 14 perynupy-
10T Pa3BUTHE LIBETKOB, TJIOJOB U IMTPOBOASIINX TKAHEN.
YneHbl ApeBHE# Kiaabl Y APYTUX BUIOB XapaKTepu3y-
I0TCSl BeChbMa Pa3HOOOpa3HbIMU MaTTepHAMU SKCIIpec-
cun. Tak, y P. ginseng PeWOXI13a sKcripeccupyercsi B
KCUJIEMHBIX JIydaX, MapeHXuMe U KaMOUM IJ1aBHOTO
KopHs, a PgWOX13b — B xopTekce [245], reH AaWOX
Araucaria angustifolia akTUBEH B 3apoAblIliax U B IIPO-
Ne 3
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poctkax [246], v G. hirsutum GhWOXI13a_Dt, Gh-
WOX13b At v GhWWOX13b_Dt moBbIIAIOT YPOBEHb
SKCIPECCUU BO BPeMSI pa3BUTHSI CEMEHHBIX BOJIOKOH
[247], a OsWOX13 O. sativa, BepoSITHO, YJaCTBYET B
OTBETE Ha 3aCyXy U B PEryJsiliuy CPOKOB LIBETCHUS
[248]. MBI paccMOTpuM HauboJsiee U3yudeHHbIX Mpe/-
CTaBUTEJIEH NpeBHEN Kilaabl.

WOX13

WOX13 A. thaliana n3ydeH B IepBYyIO oYepeab Kak
perynsaTop pasButus 1ioga. Iloreps ero dyHKumm
MIPUBOJIUT K YMEHBIICHUIO pa3MepoB MeIHabHOM
JacTy TUHelesl (IIEpeTOpOoIKI), PacCIIMPEHUIO KPOM-
KM CTBOPOK M K YCKOPEHUIO PacTPEeCKUBAHUS ILIO-
noB. Hampotus, cBepxakcrpeccust WOX13 Benet K
TOMY, UTO TMHEIIel TOJIbIIIE OCTACTCSI OTKPHITHIM, T1e-
peroponkKa pacIIdpsIeTcs, a pacTPeCKMBaHMUE ILIOAA
HE TIPOUCXOIUT WJIN MPOUCXOAUT HAMHOTO TTO3IHEE.
WOXI13 peryamupyeT pa3BUTHE IIEPETOPOIKH B TOM
YHCJIe 3a CUYET MPSIMOTO MJIM OIOCPEOOBAaHHOIO I10-
JIaBJIeHUsI SKCIIPECCUM MapKepoB JiaTepabHBIX 00-
nacteii ruHeuesa — reHoB Td cemeiictBa YABBY
FILAMENTOUS FLOWER u T® ¢ 1IMHKOBBEIMUH
naneiamMu JAGGED [249]. TlomuMo TuHeliesl, ak-
TUBHOCTb MpoMoTopa WOXI13 netekTupoBaHa B 3a-
KJTaIBIBAIOIINXCSI OOKOBBIX KOPHSIX, JIMCTOBBIX TP~
MODPJIUSIX U LIBETKAX, a TAKXKe B KOHYMKE KOPHS, IIPO-
BOOSIIMUX TKaHSIX KOpHS U Jmcta u B IIAM, a
myTtauus B WOX13 npuBoIuT TakKe K YMEHBIICHIIO
KOJIMYecTBa OOKOBBIX KOpPHEW M K Ooyiee paHHEMY
LBeTeHUIo [244, 249].

V mxa P, patens renbl WOX tipencTaBiieHbI TOJIBKO
yjieHaMM JOpeBHel Kianbl, Onu3kumu K WOXI3:
PpWOXI3LA, Bu C[250]. AKTUBHOCTb IIPOMOTOPOB
PpWOXI13LA v B noBehIllIeHa B allUKAJIbHBIX CTBOJIO-
BBIX KJIETKaX XJIOPDOHEMbI U KayJIOHEeMBbI, a TaKXe B
sgitnexkiieTke u 3urore. Ilorepst GyHKIIMU 000MX re-
HOB IIPUBOJUT K YMEHBIIIEHUIO KOJIUYecTBa chopMu-
POBaHHBIX CLIOPAHTUEB U K OCTAHOBKE Pa3BUTHUSI 3U-
roT, a TAKXXe K HapyIlIeHUIO pereHepaliiu BCIeICTBUE
CHUXXEHHOUW MHTEHCUBHOCTU KJIETOYHBIX JEJIeHU 1
ogaBJIeHUsT pocTa KJieTok [250].

IMaptHepsr WOX13 miu ero opToI0roB in vivo ellle
He BBISIBJIICHBI, OMHAKO MOKa3aHa CITOCOOHOCTh Td
PtrWOX13c P. trichocarpa dopMupoBaTh TpUMEP C
T® PtrDRIF1 (PtrDIVARICATA AND RADIALIS
INTERACTING FACTORI1) u PtrRADIALISI c
nomeHoM MYB/SANT; nipu 3TOM reHbI, KOIUPYIO-
e PtrWOX13c u nanabie T, 3KCIIPecCUpyOTCS B
TIPOBOASIIMX TKaHIX [251].

WoXi4

WOX14 peryaupyeT pa3BUTHE IIPOBOISIINX TKa-
Hell M pocT pacteHuii B 1ienoM. Iloteps ¢yHKIMMN
WOX14 npuBOAUT K KapJMKOBOCTU PACTeHUIA, 3a-
JIep>XKe 1BETEHUS! M TUMOJUTHU(UKAILIUU COCYIOB,
OIIHAKO ATU Ae(PEKTHl KOMIIECHCUPYIOTCS P J00aB-
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neann Tn66epenmmaoB. WOX14 cTMMynupyeT 3KcC-
npeccuto GA3ox I v mopasiisieT akcnpeccuto GAZ2ox1 —
T€HOB, KOIUpPYOIIMX (hepMeHTEI OMOCMHTE3a 1 MHAK-
TUBALMU TUOOEPEUIMHOB COOTBETCTBEHHO [199].
WOX14 Bmecte ¢ WOX4 ctumynupyet Tipoandepa-
LIUIO KJIETOK IIPOBOISIINX TKaHel. COCyIUCThIC ITyd-
KM OIBOMHBIX MYTaHTOB C HapylleHneM (QYHKIIUU Te-
HOB WOX4n 14 (wox4- 1 wox14-1) conepKaT MEHBbIIIE
KJIETOK, YeM OIMHOYHBIE MyTaHTHI wox4-1 [198]. O0-
HapyxeHa cBs13b WOX14 ¢ npyrumu T®, ctumynupy-
IOIMMU JeJIEHUE KJIETOK MPOBOASIIMX TKaHEH —
TMO6 u LBD4. WOX14, BepOSITHO, CBSI3BIBasICh C
ero JIOKyCOM, CTUMYyJIUpyeT 3Kcipeccuio TMO6,
0eJIKOBBII MMPOAYKT KOTOPOIO, B CBOIO OYEPE/ib, BME-
cte ¢ WOX14 ctumynupyet akcrnpeccuto LBD4 [252].
Axcnpeccusa WOXI14, kak n1 WOX4, ctumynnpyeTcs
CLE-ntientugom TDIF. Ilpu 3ToM 00paboTKa 3TUM
MENTUIOM PaCTEHUIT IMKOTO TUTIA BEI3bIBACT aKTHUBA-
uuio LBD4 u TMOG6, Torna Kak y MyTaHTOB wox4-1
wox 14- 1 nnn y pacteHuii ¢ myrauueii B reHe PXY ato-
ro He npoucxoaut [252]. IIpomotop WOX 14 akTuBeH
B INPUMOPAUSIX OOKOBBIX KOpHEM, B MEPULIUKIE U
MPOBOSIIEH CUCTeMe KOPHsS, a TakKe Ha paHHUX
CTagusIX pa3sBUTUS THIYMHOK. IloTepst (yHKIMU
WOX14 miprBoANUT K MOITABJICHUIO Pa3BUTHSI OOKO-
BBIX KOPHEl M YBEJIMYECHUIO KOJMYECTBA IPUIATOYU-
HBIX KOpHEH, a TaKKe K HeAOPa3BUTUIO THIYMHOK U
qyacTUIHOM crepumibHOCTHU [244]. Taxske WOX14 Ba-
XKeH I pereHepallud TO0eroB in Vifro B CUCTEME
CIM—SIM, a npu 0o0pa3oBaHUU KaJUTyCOB €ro 9KC-
Ipeccusi aKTUBUPYETCS TMCTOH-alleTUITpaHcdepa-
3o0ii HAG1 [149].

SAKJTIOYEHHMNE

I'ensr WOX y4acTBYIOT B caMBIX pPa3HOOOpPa3HBIX
acrieKTax pa3BUTHS PacTeHMs, BKIIIOUasl peTyJISILIAIO
(GYHKIIMOHUPOBaHUS MEPUCTEM, pa3BUTHE OOKOBBIX
OpraHoOB, pPa3MHOXEHWE, PMOPHUOreHe3 U MHOroe
npyroe (puc. 4). B Tta6a. 1S (cMm. IlpunoxeHue Ha
caiite http://www.molecbio.ru/downloads/2020/3/
supp_Tvorogova_rus.pdf) mpuBemeHBI Bce ONMMCaH-
HEBIE B 0030pe MullleHU U mmapTHepbl WOX, a Takske
PETYJIATOPBI KONUPYIOLINX UX TEHOB.

Takum obpaszom, 6enku WOX, HeCMOTpsI Ha pa3-
HooOpa3ue ux (YHKIUI, 3a4acTyl0 YYacTBYIOT B
CXOOHBIX PEryJIITOPHBIX MOOyIsaxX. Tak, HEKOTOphIE
reHel WOX, Bxmodass reHbl coBpemeHHoii (WUS,
WOX4 u 5) [22, 131, 193], npomexyTouHoii (WOXSE)
[209] u npeBHeit (WOXI14) [252] BeTBeii, peryiupy-
[0TCs ¢ TTomollpio nentuaoB cemeiictBa CLE. Dkc-
npeccust reHoB WUS u WOX5 penpeccupyercst on-
HUM 1 TeM Xxe 6enkomM BARDI1/ROWI [78, 141], u
OoJbinas yactb WOX TeCHO B3aMMOJIEMCTBYET C ayKCU-
HaMU 1 nuToknHNMHaMA. B neiom, T® WOX o6BMHO
CTUMYJIUPYIOT ITIpoiavdepalio KJIETOK M pereHepa-
uuto. Hampumep, cBepxaKcIpeccusi TeHOB COBPEMEH-
Hoit xianel (ProWUSa, PtoWOX4a, PoWOX5a), kak u
TE€HOB ITpoMexKyToYHOI Knanasl (PtoW0OX11/12a) ctu-
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WOXI11/12
WOX5/7

Puc. 4. Opranbl U TKaHu A. thaliana, Ha pa3BUTHE U
¢GyHKLMOHUPOBaHUE KOTOPLIX Biausior TO WOX. WUS
perynupyeT pyHKIMoHupoBaHue [TAM, MepUCTEMBI CO-
LIBETUSI U MepUCTeMBI LiBeTKa, WOX9 yuacTByeT B DyHK-
unonupoBanuu [TAM, WOX1 u WOX3 BaxkHBI 115 pa3-
pacTaHusi 60KOBEIX OpraHoB ITobera, WOX4 u 14 perynm-
pyioT pabory KamMbOus u  npokambusi, WOXS
KoHTposimpyeT pyHkiuu KAM, WOXS, 7 u 14 yyacTByIoT
B pa3BUTHU 00KOBBIX KopHeit, WOXI11, 12, 5 u 7 perymm-
PYIOT pa3BUTHE TPUIATOYHBIX KopHei, WOX13 u 14 koH-
TposmpyiloT cpoku nupeteHusi, WUS 1 WOX14 perynupy-
10T pa3BuTue ThiIdnHOK, WOX6 1 WUS BaxkHBI [Tl pa3BU-
THs1 ceMsi3adyatkoB, WOX13 peryaupyeT pa3BuTue I1oaa,
WOX2, 8,9, 1, 3, 5 yyacTBYIOT B SMOpUOTeHE3E.

MYJHMpPYET pereHepaluio KOpHEeW u3 4epeHKOB I'Hv-
opunHoro Tonous (P. alba % P. glandulosa) [231]. Tem
HEe MeHee OOHapyXXeHBI CYIIeCTBEHHBIEC pa3IMJIMs
Mexay TO® WOX pa3anuHbIX KJia, OCOOEHHO BhIpa-
JKEHO OTJIMYME COBPEMEHHOM Kaabl OT IBYX APYTHUX.
Tak, KOMIUIEMEeHTAlIMOHHBIN aHA/IN3 MYTaHTOB wiis- 1
mokaspiBaeT, 9yTo QyHKumu WUS moryTt B TOl miam
WHOM CcTeneHM 3aMelllaTh Bce reHbl WOX, Bxonsiue
B kitany WUS, xpome WOX4, HO He TeHBI U3 IIPOME-
KyTouHOit m apeBHeit kiagbl [90]. T'ennr WOX
A. thaliana, Bxonsimue B kiany WUS, 3a UCKITIOUEHM -
eM WOX7, Ho He TeHbI TIPOMEXYTOUHOMN WU IpeBHE
KJIaAbl, CIOCOOHBI YaCTUIHO WJIM IIOJTHOCTBIO KOM-
JIeMeHTUpoBaTh MyTtauuio laml B optonmore WOXI
N. tabacum [253]. Nzyuyenne T® WOX He TOIBKO
MIpeICTaBIsCT TEOPETUICCKUI MHTEPEC, HO U OTKPHI-
BaeT HOBbIE BO3MOXXHOCTU B OMOTEXHOJIOTUU, TaKu1e
Kak pa3paboTka 3(h(HEeKTUBHBIX MPOTOKOJIOB TpaHC-
dopMmaium 1 pereHepaluu 3J1akoB [ 118] 1 mmoBbIIIe-
HHE YPOXKAWHOCTU CEIbCKOXO3SIMCTBEHHBIX pacTe-
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Huii [161, 241]. HecMoTpst Ha aKkTUBHOE M3y4YEHUE CE-
MelictBa WOX, neTaibHO oIlpeieIeHbI 1aJeKO He BCe
MeXaHU3Mbl pabOThI 3TUX T€HOB U TeHHBIE CETH, B KO-
TOopble OHU BoBjedeHbl. Tabma. 2S (cMm. [Ipunoxenue
Ha caiite http://www.molecbio.ru/downloads/2020/3/
supp_Tvorogova_rus.pdf), B KOTOpOi1 CIrpyIIIIMPOBaHbI
PETyIATOPHI, MUIIICHW W MapTHEPHl KaXI0ro M3 Ie-
HOB WOX A. thaliana, HarfsimHO MMOKa3bIBaeT, MeXxa-
HM3MBI pabOThl Kaknx reHoB WOX ele mpeacTout
noapoOHO rccienoBaTh. TakuM o6pa3om, Hac, Bepo-
SITHO, XJIET €1ll€ MHOXECTBO MCCJIeIOBaHUM, ITOCBSI-
IIeHHBIX ceMeiicTBy WOX.

Pabora BeinmosiHeHa Mpy (pUHAHCOBOM MOAAEPKKE
P®®U B pamkax HaydHoTro ITpoekTa Ne 19-14-50209.

Hacrosiast craTbs He COOCPKUT KaKMX-JI100 UC-
CJIEIOBAHUM C ydqaCcTuemMm JIIOIEM WY XXKUBOTHBIX B Ka-
YeCTBE OOBEKTOB UCCIICIOBAHUIA.

ABTOpHI 3asBISIIOT 00 OTCYTCTBUU KOHMIMKTA
WHTEPECOB.
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WHAT DOES THE WOX SAY? REVIEW OF REGULATORS,
TARGETS, PARTNERS

V. E. Tvorogova'- *, E. Y. Krasnoperova!, E. A. Potsenkovskaya',
A. A. Kudriashov!, 1. E. Dodueva!, and L. A. Lutova!
Saint Petersburg State University, St Petersburg, 199034 Russia

*e-mail: krubaza@mail.ru

WOX (WUSCHEL-RELATED HOMEOBOX) is a family of homeodomain-containing transcription fac-
tors in plants. WOX proteins maintain the activity of different types of meristems and regulate formation of
plant organs, controlling cell proliferation and differentiation. Study of the WOX family is important for the
development of plant transformation and genome editing techniques. Here we review the functions of the
WOX transcription factors as well as their targets, partners, and regulators. The WOX family can be divided
into three phylogenetically distinct clades: so-called ancient, intermediate, and WUS clade; each clade is cov-
ered in a separate section. The WOX genes of Arabidopsis thaliana are described most comprehensively, with
their orthologues in other plant species also considered. Summary tables with the described targets, regulators
and partners of members of the WOX family are provided.

Keywords: trancription factors, WUS, WOX, plant development
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