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B nocaeaHue roabl akTUBHO McCenyeTcs: pojib reHoB WOX, KOOUPYIOIIUX TPaHCKPUITIIMOHHBIE (haKTOPbI
C TOMEOJIOMEHOM, B Pa3BUTHUM alTMKAIbHBIX MEPHUCTEM ITobera u KopHs. OmgHako poJib reHoB WOX B KOH-
TpoJie npoyindepalu KIeTOK B APYrUX TUNAaX MEpUCTEM MajioudydyeHa. Haiia pabota nocBsilieHa usyye-
HUIO poii reHa WOX5 B pa3BUTHUH MEPUCTEMBI CTIEIMATM3UPOBAHHBIX OPTaHOB — a30T(UKCUPYIOIINX KITy-
0€HbKOB, POPMUPYIOIIMXCS Ha KOPHSIX 0000BBIX paCTEHUI MPU CUMOM03€e ¢ OaKTepusIMU pru300usiMu. Mbl
nokaszanu, 9to reH WOXS5 BoBjieueH B pa3BUTHE MEPUCTEMBI KITy0eHbKa 0000BBIX paCTeHUI, OLICHWIN KO-
JIMYECTBEHHO €T0 9KCITPECCUIO Ha Pa3IMUHBIX 3Tanax KIyoeHbKOOOpa3oBaHUsl, a TAKKe U3YYUIIN JIOKATH-
3allMI0 ero 9KCIPECCU C MOMOIIBI0O KOHCTPYKIIMH, coaepxaleit mpomorop WOX5, coenuHeHHBIH ¢ pe-
nopTepHbIM reHoM. O0cyKaaeTcs poJib TpaHCKpUNIIMOHHOTO pakTopa WOXS B opraHoreHe3e KJIyOeHbKOB
U €r0 BO3MOXXHOE B3aMMO/JICHCTBUE C TOPMOHAJIBHOM CUCTEMOI MPU Pa3BUTHUM KIIyOCHBKOB.

Knruesvie carosa: pazBuTue KiyoeHbKa, 6000BO-pU300MAIBLHBIN CUMONO03, MepUCTEMOCTEIM(MDUIHBIE Te-

Hbl, WOX.

BBEJAEHUE

IIpu cumM61o3e 6OOOBBIX paCTEHUI C IIOYBEHHBIMU
OakTepussMu cemelictBa Rhizobiaceae (Tak Ha3bIBAEMBI-
MU pU300MSIMU) Ha KOPHSIX pacTeHuil (hopMUpPYIOTCS
HOBbBIE OpraHbl — CUMOMOTUYECKHE KITYyOeHbKH, B KOTO-
PbIX OaKTEPUH OCYLLIECTBIISIIOT ITPOLIECC OMOOTMUYECKOM
dukcaluy MoJIeKyIsipHoOro a3ota. boboBo-przoduab-
HBIIA CUMOMO3 MIPEICTABIISIET COOOI CTTOXKHO pEryJImpye-
MBIl TIPOLIECC, KOHTPOJUPYEMbIi TeHaMU 000MX MapT-
HepoB. PazpuTtrie ciMOMo3a HAYMHAETCS C CUTHATBHBIX
B3aMMOJEHCTBUI MeXITy OaKTEepUSIMU U pACTEHUEM-XO-
3sMHOM. B OTBET Ha BhIzEssieMble B pu3ochepy 0000BbI-
MU pacTeHUsIMU (hJIaBOHOUIBI OAKTEPUN CUHTE3UPYIOT
JIMIIOXUTOOJIMTOcCaXapuIiHble MoJyieKyiabl Nod-gakro-
pbl. Nod-¢hakTopbl CBSI3bIBAIOTCS CO CIEUU(MDUIHBIMU
pelieritopaMu 6000BBIX PACTEHUIA U aKTUBUPYIOT Kac-
KaJl COOBITUI, BEAYIINX K Pa3BUTHIO MH(MEKIIMU U (hop-
MUpOBaHMIO KiTyoeHbKOB (Ben Amor et al., 2003; Radu-
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toiu et al., 2003; Limpens et al., 2003). I1pu penerimmu
Nod-dpakTopoB, B KJIeTKaX KOPHEBOU SMUACPMBI ITPO-
rcxonut aernofisipu3anyst MmeMOpanbl (Ehrhardt et al.,
1992, 1996; Harris et al., 2003), BO3HUKAIOT KOJI€0AHUS
KOHIICHTPAIIMU KaJbliMsl B TIEPUHYKJIEAPHOM TIPO-
crpanctBe (Felle et al., 1999; Engstrom et al., 2002;
Charron et al., 2004), i3MeHeHUsI B CTPYKTYpe LIMTOCKe-
neta (Van Brussel et al., 1992; de Ruijter et al., 1999) u,
KaK ciencTBue, meopManvy KieTok smuaepmbl (Le-
rouge et al., 1990), a Takxe 3KCNpeccUpyroTCs Te€HbI
paxHux HomymHOB (ENOD tensbl, oT aHriI. early nodu-
lins) (Horvath et al., 1993; Albrecht et al., 1998). BbI13bI-
BaeMble Nod-(aKkropamMu OTBETHBIC PEaKIIH B SITUACP-
Me KOpHSI YETKO CKOOPIMHUPOBAHBI C IIPOIECCaMU,
TIPOUCXOSIIMMHU B KOpe KOPHSI — peaKTUBaLIMel iese-
HUI1 KJIIETOK KOPbI KOPHS 1 MepULIMKiIa U (popMUupoBa-
HUEM TpUuMopausi/MeprucTeMbl KiyoeHbka (Oldroyd,
Downie, 2008). ¥ rpynmbl 6000BbIx pacteHuii (Lofus
Japonicus, Glycine max), KoTopble (pOpMUPYIOT KITyOEHb-
KU IeTepMUHUPOBAHHOTO THTIA, PEaKTUBALIMS JeJICHUIM
MPOUCXOIUT B KJIETKAX BHEIITHEM KOPbI, TOrIa KaK Y pac-
teHuii (Medicago truncatula, Pisum sativum), bopMupy-
JOIIMX KIYyOeHbKM HeIeTepMUHMPOBAHHOIO THUIIA, Ha-
MPOTUB, AEJSITCS KJIETKA BHYTPEeHHeER Kophl. Tak Kak
Nod-dakTopsl He TIPOHNKAIOT BHYTPh KOPHS, a OCTa-
IOTCSI CBSI3AaHHBIMU C KJIETKAMM SMUACPMbI, B KOHTPOJIb
TIPOLIECCOB PEaKTUBALINM JCJICHUI KIIETOK Y 3aKJIaaK1
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MPUMOPIKS MOTYT ObITh BOBJIEUEHBI SHIOTEHHBIE PETy-
JISITOPBI CAMOTO pacTeHusl (B YaCTHOCTHU, TOPMOHBI). Oni-
HAKO MEXaHW3MbI TaKOI PETyJIsILIUY ellle JaJIeKH OT M0~
HMaHms. Kak ObUI10 IToKa3aHo, peaKTUBAIAIO KIIETOY-
HbBIX JIeJICHUI B KOpe KOPHSI CTUMYJIUPYET IUTOKUHUH
(Murray et al., 2007; Tirichine et al., 2007). ¥ MmoaeIbHbBIX
0000BBIX Medicago truncatula n Lotus japonicus ObLA
BbISIBJIEHbI KOMITOHEHTBI LIMTOKWMHWHOBOTO CUTHAJILHO-
IO MyTH, BOBJICUCHHbBIC B Pa3BUTHE KITyOSHbKA, 3 UMEH-
Ho penenrrop uuroknanHa MtCREL/LJLHK1 u pery-
JISITOPBI IMTOKWHWHOBOTO oTBeTa RR B-Trma u A-tuma
(MtRR1, MtRR4, coorBerctBeHHO). IlokazaHo, 4yTO
Nod-¢aKkTopbl CTUMYIMPYIOT HAKOIUIEHHE (PIIaBOHOM-
JIOB, THTMOUPYIOIIYX MOJISIPHBIN TPAHCTIOPT ayKCHUHA B
mecte nHpekmu (Hirsch et al., 1989; Mathesius et al.,
1998; Grunewald et al., 2009). DTo IPMBOAUT K JIOKAITb-
HOMY M3MEHEHUIO COOTHOIIIEHUSI KOHLIEHTpalUM ayK-
CHUHA Y LIMTOKWHWHA B TKAHSIX KOPHS U, BEPOSITHO, aK-
TUBALUM LIUTOKMHUMHOBOTO OTBeTa. TakumM 00pas3oMm,
Nod-dakTopsbl 3aITycKaloT peakiiu B AMUIepMe KOPHSI,
MPUBOJISIIME K PA3BUTHIO MH(DEKIIMU, U B TO XK€ BpeMsl,
MaHUITYJIUPYSd TOPMOHAJIBHON CUCTEMOI pPaCTEeHUIA,
CTUMYJIUPYIOT JIEWCTBUE BHIOTEHHBIX PETYyJIsITOPOB
nponudepaliuy KJIeToK pacTeHUi [TUTOKUMHUHOB, UH-
JYLIUPYIOLINX Pa3BUTHE TTPUMOPINS KITyOeHbKa.

Hapsiny ¢ MexaHu3MaMM JOKaIbHOTO KOHTpPOJISI, B
rporecc opMUPOBAHUST KITYOEHBKOB Y O0ODOBBIX pac-
TeHUI TakKe BOBJIEYEHBI M CHUCTEMHBIC MeXaHU3MbI
(Tak Ha3bIBaeMasi, CiCTeMa aBTOPETYJISILIMY KITyOeHbKO-
00pa3oBaHus). ABTOPETY/ISILUSA SIBISIETCSI MEXaHU3MOM,
MOCPEICTBOM KOTOPOIO pacTeHHEe WHIUOMPYET Hallb-
Heiilee (hopMUpOBaHUE KITYOEHBKOB Ha KOPHSIX TTOCIIe
TOT0, KaK YK€ MOSIBUJINCh HECKOJIBKO MEPBBIX KITyOeHb-
koB (Caetano-Anolles, Gresshoff, 1991). B aBroperyns-
LIMIO BOBJIEYEHBI PELICITOP-TTOA00HbIE KMHA3bI CeMeli-
ctBa CLAVATA, neiicTByiolye B rooere, KOTopble ObI-
JI UAEHTU(PUIIMPOBAHBI Y HECKOJIBKMX BUIIOB OO0OBEIX.
[Ipenmnonaraercst, YTO MHOKYJISILIMST pACTEHUI PU300OUSI-
MU TIPUBOAUT K BBIPAOOTKE CHUrHajga (HEM3BECTHOM
MIPUPOIBI), KOTOPBIN ITOCTYMAEeT U3 KOPHE B HaI3eM-
HYIO 4acTb, CBSI3bIBA€TCS TaM C CHUCTEMOil OeJIKOB
CLAVATA, u9T0 B CBOIO 0Uepeib, CITOCOOCTBYET aKTHBa-
LMK APYTOrO CUTHAJIA, KOTOPKIA ITOCTYMHAaeT B KOPHU U
MHTUOMpPYeT JaJIbHEeHIIYIO 3aKIaaKy Ki1yoeHbKoB (Oka-
Kira, Kawaguchi, 2006). Takum o6pa3om, ¢opMrpoBa-
HUE KIIyOEHBbKOB Y O0OOOBBIX paCTeHWIA HAXOOWUTCS IO
KOHTPOJIEM CJIOKHOW CUCTEMBI PETYJISILIUU, JIOKAJIbHBIC
M CHUCTeMHbIE MEXaHU3Mbl KOTOPOH eIlle IIPpeACTOUT
pacumgpoBars.

B TeueHne MHOIMX JIET B IMTepaType OOCY:KOACTCS
BOITPOC 00 3BOTIOLIMOHHOM ITPOMCXOXIECHUN KITyOSHb-
KkoB. CoryacHo HanboJiee pacIpoCTpaHEHHOM TUTIOTE-
3¢, KJIyOCHbKY BO3HUKJIM B XOJI€ BOJIIOLIMM Ha OCHOBE
MoarhUKaILIAK ITPOrpaMMBbl pa3BUTHSI O0KOBBIX KOpHEH
(Mathesius et al., 2000; Bright et al., 2005). D1y runore3y
MOATBEP>KAAaeT BbISIBICHUE MYTallUii, 3aTparvBarolIdX
KaK pa3BUTHE OOKOBBIX KOpPHEM, TaK U pa3BUTHUE KITy-

OHTOTEHE3 Ne 4

ToM 42 2011

265

oenbKoB (Bright et al., 2005). Kpome Toro, u3BecTHbI
aHOMAaJTUM Pa3BUTHUS KIIyOSHBKOB, IMPU KOTOPBIX U3 Me-
pucteMbl c(OOPMUPOBABIIIETOCS] KTyOeHbKa pa3BUBACT-
csl 9KTONMUYECKUI KOpeHb. MHTepecHO, YTo TaKasi aHO-
MaJlisl MOXET ObITh 0OYC/IOBJIEHA KaK MyTallMeil pacTu-
TesabHOro reHa (PsCoch) (Ferguson et al., 2005), Tak u
MyTallMsIMU B TeHax OakTepuii (B 4aCTHOCTU, T'€HOB,
KOHTPOJIUPYIOIIMX OUOCUHTE3 TTMPUMUANHOB U ITypy-
HoB) (Ferraioli et al., 2004). O6111a51 0COOEHHOCTD pa3BU-
THsI OOKOBOTO KOPHSI M KJTyOeHbKa COCTOUT B TOM, UTO
VHULMALMS KJIETOYHBIX AeJIeHU Mpu 00pa3oBaHUU
MPUMOP/EB KITyOeHbKOB, TaKXKe KaK U 3aKjaaKa Ipu-
MopaueB O0KOBbIX KOpHEH y 6000BbIX pacTeHUI MpOKC-
XOJUT HAMPOTUB TTyYKOB KcuiieMmbl. Kpome Toro, B cu-
CTEMHBIM KOHTPOJIb (aBTOPETYJISIIMIO) Pa3BUTHUS KITy-
OEHBKOB M OOKOBBIX KOPHEN MOTYT OBITh BOBJICUYEHBI
00l11I1e KOMITOHEHTBI: Y MyTaHTOB, XapaKTePU3YIOIIIUX-
Csl yBeIMYEHUEM KOJIMUYECTBA KIyOEHBKOB (CYIIepKITy-
OSHBKOOOpA3yIoIIMe MYTAHTHI) TaKXKe YBEJIUYEHO U
YUCSI0 OOKOBBIX KOPHEN, MO0 CPaBHEHUIO C AUKUM TH-
noM (Searle et al. 2003). Bce 31 JaHHBIE B COBOKYITHO-
CTH MOATBEPXKIAIOT CYILIECTBOBAHME OOIIMX PETYJISITOP-
HBIX MEXaHU3MOB, JICXKAIIIMX B OCHOBE Pa3BUTHUSI OOKO-
BOT'0 KOPHSI 1 KITyoeHbKa. [ToMrMo Toro, 4To KITyOeHEK,
Takke Kak 1 O0KOBOI KOpeHb BO3HUKAET de novo B pe-
3yJIbTaTe peakTUBAlIMM KJIETOYHBIX JEJIEHUI B TKAHSIX
KOpHSI, IPYroil BaxkHO OCOOEHHOCTHIO, COMKAIOIIEH
pa3BUTHE KITyOeHbKa ¢ O0KOBBIM KOPHEM, SIBJISIETCST Ha-
JINYMe y Hero coocTBeHHo MepucteMbl. K HacTosiemy
BpPEeMEHU, BOITPOC O TOM, KAKUM 00pa30oM pPeryampyercst
pa3BuTHe U GYHKIITMOHUPOBAHUE MEPUCTEMbI KITyOEHb-
Ka, ocTaeTcsl Majion3sydyeHHbIM. HepaspellieHHbIM ocTa-
€TCS1 BOIIPOC O CYIIECTBOBAaHMU OOLIMX MEXaHU3MOB,
PeryJIMpyIoIIMX pPa3BUTUE MEPUCTeMbl KIyOeHbKa U
kopHs. Kak nokazanu uccienoBaHusl MOCAEIHUX JIET,
BAKHYIO POJIb B PETY/ISILIMM aKTUBHOCTH MEpPUCTEMBI
KOpHsSI WrpaeT romeoobokc-codepskaiuuii reH WOX5
(Haecker et al., 2004). ¥ myranToB 1o reny WOX5 ko-
pPEHb YKOPOUYEH, CTPYKTYypa MOKOSIIETrocsl LIEHTpa Me-
pUcTeMBbl HapyllleHa (pa3Mep KIJIETOK ITOKOSIIIErocs
LIEHTpa YBEJIMYEH), a TpujiexKallve KieTKU-UHULNAIN
npeteprenBatoT nuddepeHIpoBKy (Sarkar et al., 2007).
Iern WOX5 skcripeccupyeTcss B ITOKOSIIIIEMCSI ILIEHTPE
(opraHuzarope) MepuCcTeMbl KOPHS Y OTBEYaeT 3a ITOM-
Jiep>KaHUe KJICTOYHBIX JeJICHUI U roaaBiaeHue nudde-
PEHLMPOBKY TIPUJIEXKAIIIMX KIETOK-UHULMasei (CTBO-
JIOBbIX KJIETOK), OMHAKO KOHKPETHBIA MEXaHU3M €ro
JIeNCTBUS ocTaeTrcsl HemdydeHHbIM. WOXS5 saBiseTcs
TIpEeICTaBUTEIEM CEMEICTBA TOMEOIOMEH-COeP XKaIIX
TPaHCKPUIIMOHHBIX (hakTopoB WOX, UTpaloIINX BaxK-
HYIO pojb B pa3BuTuM MmepucrteM pacteHuii (Haecker
et al., 2004, 0630p cm. JIyrosa, [lomyeBa, 2007). Han6o-
Jiee u3ydeHa pojib WOX B peryisinuu mpoiardepannu
KJIETOK B allMKaJIbHOM MepucTeMe nodera. B mepucreme
nobera (B OpraHM3YIOIIEM ILIEHTpPE) SKCIIPECCUPYETCs
npeactaButenb cemerictBa WOX — ten WUS. Tpan-
CKpUMITUMOHHBIN (pakTop WUS cTumMympyeT JejaecHUs
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KJIETOK, HEMOCPEACTBEHHO B3aMMOIEUCTBYS C KOMIIO-
HEeHTaMU IUTOKMHUHOBOTO CUTHAJIBHOTO OTBETa, 00ec-
Me4yurBasi JIOKaJIbHOE YCUJICHUE ISHCTBUSI LIMTOKUHMHA,
TOPMOHA, CTUMYJIMPYIOILLIETO MpoJirdepalrio, B MEPU-
creme (Leibfried et al., 2005). C apyroit CTOpOHBI, TeH
WUS B3aumoneiictByet ¢ cuctemoii 6enkoB CLAVATA,
BKJTIOYAIOILEN TE€TEPOJAUMEPHBIN PELIEITOPHBIA KOM-
mwiekc CLVI/CLV2 wu mnentuansiii auraHn CLV3
(CLE-nienTum) v peryaupyeT NoaAep>KaHue Mmyja CTBO-
JIOBBIX KJIeTOK B MepucteMe (Schoof et al., 2000). Kak
MOKa3aJIid UCCIIEIOBAaHUST HA MOJIETbHOM OOBEKTE, apa-
ounorncuce, mpoaykTel reHoB WUS n WOX5 dyHK1IMo-
HaJIbHO 3KBHMBaJIcHTHHI (Sarkar et al., 2007): o6a 3Tu re-
Ha BKCIIPECCUPYIOTCS B “OpraHM3yIONIMX LIeHTpax” Me-
pucteM M 00ecrneuyMBalOT  MOJJIEpXKaHWE  IMyJa
CTBOJIOBBIX KJIETOK, CTUMYJIMPYS UX Mpojudepaliunio v
onokupys nuddepeHIMpoBKY. Ha ocHoBaHMM CXOACTBA
BBINOJIHSIEMBIX (DYHKLIMIA MOXHO MPEANONIOXUTh CXO-
XK1 MexaHu3M JeiicTBust perynsitopoB WUS n WOXS.
ITocnenHue naHHBIE CBUIETEILCTBYIOT O TOM, uTo WOX5
moxeT BzaumMoneictsoBath ¢ CLAVATA-niono0OHoIi cu-
cremoii B Mepucteme KopHs: CLE-tienTua (KOMITIOHEHT
cuctembl CLAVATA) CLE40 orpaHu4uBaeTr 001acTh
aKkcnpeccun WOX5 B MeprcTeMe KOPHS TaKKM XKe 00pa-
30M, Kak CLV3 orpaHuumBaeT 00J1aCTh 9KCIIPECCUU Te-
Ha WUS B mepucteme nobGera (Stahl, Simon, 2009).
Bmustnue WOXS5 Ha LIMTOKMHUHOBBII OTBET B MEPHUCTE-
M€ KOPHS U3y4eHOo He 0bu10. TakuM 00pa3oM MokasaHo,
yto WOX5 ctumymmpyeT nipoaidepalnio 1 TToIaBIsieT
I bepeHIMPOBKY CTBOJIOBBIX KJIETOK-MHULIMAJIEH B
MepUCTeEMe KOpHSI, HO KOHKPETHbIE MEXaHU3MBbI €ro
JIEVCTBUS K HACTOSIIIIEMY BPEMEHU HE U3BECTHHDI.

ITockonbKy nporpaMMbl pa3BUTHSI OOKOBBIX KOpHEM
1 KJIIyOSHBKOB 3BOJIIOIIMOHHO OJIM3KU, MBI TIPEATIONO0-
X, 9To TeH WOX5 MoXeT OBITh TAKKEe BOBJICUEH B
KOHTPOJIb OpraHoreHe3a KiyoeHbKoB. K Hactosiemy
BpeMeHM poJib WOX5 B pa3BUTUM KITyOSHBEKA OCTACTCSI
HEMU3YYEHHOM, XOTs B JIMTEpaType MMEIOTCSI JaHHBIE O
BO3MOXXHOM YJaCTUM 3TOIO I'eHa B pa3BUTUH KITyOEHbKA
(Wan, 2007). KoHTponupyeTcs: i pa3BUTUE MEpPUCTE-
MBbI KIIyOeHbKA 1 MEpUCTEMBI 0OKOBOT'O KOPHSI OOILLIMMU
peryasaTopHbiMu (pakTopamMu? DTOT BOIPOC TTproOpe-
TaeT OCOOBII MHTEPEC B CBETE IMCKYCCUU 00 SBOJTIOLIM -
OHHOM IIPOMCXOXIACHMU KITyoeHbKa. I[IpuHIImMmmaib-
HBIE pa3I4Yns B MHAYKLIMN Pa3BUTHS KIyOeHbKa 1 00-
KOBOI'O KOPHSI CBS3aHbl C TOPMOHAJIBHOM PEryJISILUECH
3THUX IIpolieccoB. MHAyKTOpOM 00pa3oBaHMsI OOKOBBIX
KOpHEI SIBJISIETCSI ayKCUH, CTUMYJIMPYIOLIMIA Iposinde-
paLuIo KJIETOK MEePULIMKIIA IIPY Pa3BUTUN IIPUMOPIUSI
o6okoBoro KopHs. beito mokazano, uro ren WOX5, skc-
IIPECCHsT KOTOPOTO aKTUBUPYETCSI IIPU TIEPBLIX JCICHM-
SIX KJIETOK TIEPMIIMKIIA, SIBJIIETCSI ayKCHMH-pEeryJImpye-
MbIM (Gonzali et al., 2005; Imin et al., 2007; Chen et al.,
2009). TakuM 0Opa3oMm, TIpPU pa3BUTUN OOKOBOTO KOPHSI
ayKCHH MOKET aKTMBUPOBaTh 9KcIIpeccuio reHa WOX35,
YYaCTBYIOIIIETO B Pa3BUTUM MEPUCTEMBI OOKOBOT'O KOp-
Hs1. B oToiuue oT ayKkcrMHa, ropMOH LIMTOKWMHMH T10aB-

OCUIIOBA u np.

JISIET pa3BUTHE OOKOBOTO KOpHS. JIoKaJlbHOE YCUITEeHUE
KOHIICHTpAlU¥ LIMTOKMHMHA B KJIETKAX IIEPUIIMKIIA
(HammpuMep, BbI3BAHHOE CBEPXIKCIIpeccueil reHa ouo-
CHHTe3a IIMTOKMHMHA M30IEHTUHWITPpaHC(hepasbl) Ha-
pyllaeT 3aKji1aaKy TpuMOpareB OOKOBBIX KOpHeil. DK-
30re¢HHOE T0OaBJICHUE LIMTOKWHWHA BbI3bIBACT U3MEHE-
HUE HampaBJIeHUII KJIETOYHBIX HAeJIeHWiI B (popmu-
pymoleMcs TIpUMOPIIUU, Hapylliasi ero CTPYKTypy, U4To
MPUBOIUT K (pOPMUPOBAHUIO “TUIOCKOTO” TIPUMOPIMS
6okoBoro kopHs (Laplaze et al., 2007). B npotusorio-
JIOXKHOCTb 3TOMY, ObLIO TOKa3aHO, YTO UMEHHO LIUTO-
KMHMH WUTpaeT KJIIOUEBYIO POJIb B aKTUBALIMU JEJICHUI
KJIETOK KOPBI MPY Pa3BUTUM MPUMOPANS KIyOeHBKa.
KakoBbI ke OTHOCUTEJIbHbIC POJIU ayKCMHA U LIUTOKU-
HUHA B MTHULIMALIAM PAa3BUTUSI IPUMOPAMS KITyOeHbKa?
Kakyio ponb wurpaeT akTUBUpPYeMBId ayKCMHOM TI'€H
WOX5 B 3aknanke MepucTeMbl KiTyoeHbka? CyllecTByeT
v cBga3b WOXS5 ¢ IeficTBUEM LIMTOKWUHWHA U C IECTBU-
eM cuctembl CLAVATA?

B monckax oTBeTa Ha IMOCTaBJICHHBIE BOITPOCHI MO-
KET TIOMOYb M3ydeHHue sKcrpeccu reHa WOXS npu
pa3BUTUM KITyOeHbKAa, B OCOOCHHOCTH Ha HaYaIbHBIX
3Tarnax ero pa3BuTHsl. B 3Toil craThe Mbl MOKa3aiu, YTO
reH WOXS5 BoBJieyeH B pa3BUTHE MEPUCTEMBI KITyOEHbKA
0GO0OBBIX paCTeHUIA, OIICHWIN KOJIMIECTBEHHO €TO 9KC-
MPeCcCUIo Ha pa3lIMUHBIX 3Tarax KiIyoeHbKooOpa3oBa-
HUS, a TAKKE M3YYWII JIOKATU3AIUIO €T0 9KCTIPECCUU C
TIOMOITTBI0  KOHCTPYKIIMH, CONepsKaIleil TpoMOTOp
WOX5, coenuHeHHBII C peNMOPTEPHBIM TEHOM.

MATEPHUAJIBI U METObI
IlImammor 6akmepuil

11 MTHOKYJISILIMU pacTeHui ropoxa Pisum sativum L.
WCITOJIBb30BaIM IITaMM Rhizobium leguminosarum bv. vi-
cea CIAM 1026 (Safronova, Novikova, 1996), momydyeH-
HbI 13 kKosuiekuuu I'HY Beepoccuiickoro HaydHO-HMC-
CJIeIOBATETbCKOTO MHCTUTYTA CEJIbCKOXO3SIMCTBEH-
Hoit  mukpoOuonorun  (http://www.arriam.spb.
ru/eng/lab10/). A5t THOKYJISIIUM PaCTEHUIA JIIOLIEPHbI
M. truncatula vicnonb3oBayiu 1ITaMM Sinorhizobium me-
liloti 201 1. ZKnnkvie KyJbTypbl BbIpallliBaJIA HA KayaakKe
ripu 28°C B cpene B- (van Brussel et al., 1977) oo ontu-
YECKON TUIOTHOCTU Agy = 0.7—1 (IIpuOIU3UTENBHO

10’—10® xyrerok Ha Mi1). J119 MHOKYJ/ISLIMM UCTIONIB30Ba-
Jm 1 MJT GaKTepHAITBHOM CYCIIEH3UN HA PACTECHUE.

Hdng  TpaHchopMallid pacTeHU WCIIONIB30BaIN
mramm Agrobacterium rhizogenes MSU440.

PacmumenwvHruiii mamepuan u ycaoeus
BbIPAUUBAHUSL PACMEHUTL

B pabGorte ncnons3zoBamu ropox (Pisum sativum L.)
coptoB Frisson n SGE, a Takke moydeHHbIe HA OCHOBE
copta SGE myrtantHble uHuM SGENod=8 (sym38),
SGEFix 2 (sym33), SGENod 3 (sym35) u3 KoJieKLuu
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T'HY Bcepoccuiickoro HaydJHO-MCCIEIOBATEIECKOTO
MHCTUTYTa CEJIbCKOXO3SIMCTBEHHON MMKPOOUOIOTNHI
(http://www.arriam.spb.ru/eng/lab9/collections. html),
a TaKeKe JIMHUIO JIIOLIEpHBI AuTiiounHoi Medicago trun-
catula Gaertn A17.

CeMeHa CTepWIM30Bau C WCMOJb30BaHUEM KOH-
LIEHTPUPOBAHHOI CEPHOI KUCIIOTHI B TeueHre 10 MUHYT
C MOCeAyIONIe S-KpaTHOM IPOMBIBKOI B CTepWILHOMN
Bone. CeMeHa BbiceBaIM Ha 1% BOmHBIA arap U Ipopa-
IIMBAJIM B TEMHOTE B TeueHue 4—5 mHeit. B skcriepu-
MEHTaX 10 M3YYEHMIO BKCIIPECCUM TEHOB MPOPOCTKU
ropoxa MepeHOCUIN B TOPIIKU C BEPMUKYJIUTOM, TOJTA-
Basv >Kuakoit cpenoit Jensen (Jensen, 1942). Pactenus
BBIpAIIUBAIN B (PUTOTPOHE C PEKMMOM AeHb/HOYb
16/8 yacoB, 21°C, OTHOCHUTENBbHON BIaxHOCTH 75%,
ocBellleHHOCTH. OOpasibl KOpHE ISl BbIACJICHMS
PHK cobupamina 5, 7, 9, 11, 15, 22 gH1 Docjie MTHOKY-
JISILMA, KOpHU 3—4 pacTeHuli Ha BApUAHT.

Hoenmugpuxayus eena WOXS5

Ha ocHoBaHuM B3sTBIX M3 0a3bl maHHBIX GenBank
HYKJICOTHIIHBIX TTOcjIeoBaTe/ibHocTeit reHa WOXS5 Ara-
bidopsis thaliana (GenBank AY251396) u Medicago trun-
catula (GenBank BF649819) 6Lt ogoGpaHbl BEIPOXK-
JICHHbIE TIpaliiMephbl K KOHCEPBATUBHBIM y4acTKaM, KO-
TOpbIe WCIOIL30BAIA 1T TIOMyYEeHUsT TIPOAYKTa Ha
matpurie JIHK n kK IHK ropoxa:

WOX5_F AAGTGYGGKCGWTIGGAATCC,
WOXS5_R: CTCAAYCGTAAGTCYAATGGYGG.

7151 BEIpaBHUBAHMS TTOCIICAOBATETEHOCTE HYKIICH -
HOBBIX KMCJIOT NpUMEHsUIM Tiporpammy AlignX, wc-
nose3yrontyto aroputM Clustal W (Thompson et al.,
1994), uz maketa Vector NTI Advance 10 (InforMax, Inc
http://www.informaxinc.com). AMITTM(UKALIMIO IIPO-
BOAWIM MO cieaytoleii mporpamme: 30 cek pu 94°C,
3ateM 30 cex nipu 56°C u 40 cex nipu 72°C, 28 LIMKIIOB,
5 muH 1ipu 72°C. Tloay4eHHBIN TPOMYKT BIASISIIA U3
resist ¢ nomoitbio DNA extraction kit (Fermentas, Jlat-
BUST) COIVIACHO TPEIIOKEHHOMY MPOU3BOAUTESIEM MPO-
TOKOJY. BhImeneHHBIe (DparMeHTHI JIMTHPOBAIA C WC-
nosb3oBanreM T4 JIHK -murassr (Sigma, CIIA) B Teue-
Hue Houn 1ipu 14—16°C B BekTope pAL-TA (EBporeH,
Poccust). TTonmydeHHOI peaklIMOHHON CMEChIO TpaHC-
dopMmpoBanu KoMneTeHTHbIe Kietku E. coli (DHY).
O16op TpaHC(OPMAHTOB TMPOM3BOOIM Ha cpeae
LB/ampicillin/IPTG/X-Gal. [nazmuanyio JJHK BbI-
TeJISUTA U3 HOYHOM KYJIBTYPHI KJIeToK E. coli MeTomoM
mmsuca c menounsio (Lee, Rasheed, 1990). Ananmm3s nep-
BUYHBIX ITOCJIEI0BATEIbBHOCTE MPOBOAMIIN C [TOMOILIBIO
aBToMaTmieckoro cekBeHaropa CEQ™ 8000 Genetic
Analysis System (Beckman Coulter, CII1A) 1o mpoToko-
JIy TIPOU3BOIUTEIS.
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Ananus IKcnpeccuu eeHoe

Oo0pa3upl kopHeil 11 BeineneHnss PHK cobupami
Ha5,7,9, 11, 15, 22 nHu nocie MHOKYJISILMY. YTOOBI M3-
OeXaTh IoNamaHusI MPUMOPINEB OOKOBBIX KOpPHEl B
aHATM3UpPYEeMbIii MaTepuan, Opaiyd ydacTKU KOPHSI
MesKIy OOKOBBIMU KOPHSIMU. DKCIIEPUMEHT ITOBTOPSIITA
B IBYX HE3aBUCHUMbBIX OMOJIOTMYECKNX ITOBTOPHOCTSIX.
PHK Boimensumm ¢ ucnojib3oBaHueM peareHta 7RI®
(Sigma, CIIIA) cormacHO MPOTOKOJY ITPOU3BOIUTEIS.
O0paboTKy ¢ romomnibio pepmenta JIHKa3er (Fermen-
tas, JlatBust) mpoBoauin B TeueHue 1 yaca ripu 37°C, ¢
MOCIEAYIONINM OCAXKIESHNEM C HCIIONIb30BAHUEM XJIO-
podopma. s cuntesa kJIHK 6pamu o 2.5 mxr PHK.
Peaxiro cunresa kK IHK mpoBonuiau B peaklIMOHHOM
cMecu obmmM oobeMoM 20 MK, comepxkamieir 10 MM
tris-HCI (pH 8.8), 50 MM KCI, 5 MM MgCl,, 1 MM
JTHT®, 100 1M omuro(dT12), 1 en. unru6uropa PHKa3
(Fermentas, JlatBust) 1 200 exn. oOpaTHOM TpaCHKpUNTA-
361 M-MLYV (Fermentas, JlarBusi) B TedeHue 1 yaca npu
37°C ¢ mocyieayIonm IMporpeBaHueM B TEUEHUE 5 MU-
HyT 1ipu 95°C. TTonyueHHble rpoos! KJIHK pazbasinsiiu
no 100 mxi1. B cocraB peakiimonHoi cmecu mist TTLHP
o01IMM 00beMOM 20 MKJT BXOIWJIO 2 MKJI TIOJTy4eHHOTO
pactBopa xk/IHK B 10 MM tpuc-HCI (pH 8.3), 50 MM
KCl, 2.5 MM MgCl,, 10 MM gHT®, 10 1M Kaxkmoro
npaiimepa 1 en. Taq-monmmepasbl. AMILUIMUKALIIIO
MPOBOAWIM TIO clieayrolueii mporpamme: 30 cek Tpu
94°C, 3zatem 30 cek npu 56°C u 40 cexk npu 72°C,
28 mukioB, 5 muH npu 72°C ¢ mpaliMmepaMy K TeHy
PsWOX5 v reHy yOUKBUTHHA:

PsWOX5_FOR
5'-GGTTTCAAAATCATAAGGCTAGGGA-3/,
PsWOX5 _REV
5'-TCAACCGTAAGTCTAATGGTGGATG-3',
Ubiquitin_FOR:
5-ATGCAGATC/TTTTGTGAAGAC-3',
Ubiquitin_ REV:
5'-ACCACCACGG/AAGACGGAG-3.

IpomykTer [TLLP paznensmi B 1.5% arapo3HoM rere.
st KoHTpoJist KayecTtBa M konmuectBa PHK B ananmzu-
pyeMbIX 00pasliax MPOBOAWIIM PeakiInio ¢ TipaiiMepaMu
K KOHCTUTYTHMBHO 3KCITPECCUPYIOLLIEMYCsI TeHY YOUKBU -
TUHY.

I11[P, coemeuennas c obpamuoit mpaHcKpunyuel,
¢ demexuyuell 8 peasbHOM 6peMeHU

I[P B peanrbHOM BpeMEHHU C MOMOIIBIO CUCTEMBI
Bio-Rad iCycler iQ (Bio-Rad Laboratories, CIIIA) c uc-
MOoJIb30BaHWEM KoMMepdeckoro Habopa iQ SYBR
Green Supermix. Peakiuio mpoBoguiu B 0ObeMe
20 Mx1, conepxkaiiieM 1X 6ydep s TTHP, 4 MM MgCl,,
10 MM gHT®, 1 en. Tag-momumepassl “jumpstart”,
10 oM kaxnoro npatimepa u 0.5xSYBR Green 1. Am-
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OCUIIOBA u np.

MIWOX5 I 693 m.o. (_I
WOX5_F % WOX5 R
JHK | > b
OK30H 1 WHTPOH OK30H 2
| 458 m.o. |
MtWOX5
ngsj wox§
KJIHK | B D

DK30H 1

DK30H 2

Puc. 1. Cxema pacroiokeHus BEIpoXIeHHbIX mpariMepoB Ha matpulie JJTHK u kK IHK MtWOXS5, ncnonb3yeMbIX 111 UAEHTH-

dukauuu rena WOXS5 y ropoxa.

I(UKALIO TTPOBOIVIIN MO CJICAYIOIIEH MPOrpaMMe:
95°C B Teuenue 30 cek, 56°C B reuenue 30 cek u 72°C B
teyeHue 40 cek. DiyopecleHLINIO MHTEPKAIUPYIOIIETO
kpacutesrs SYBR Green 1 perncrpupoBanu B KOHIIE
Kaxgoro mukia npu 72°C. KomnyecTBeHHYIO OLICHKY
SKCIPECCUU aHAJTM3UPYEMOTO I'eHA IIPOBOAWIIM C TIOMO-
mpbio nporpamMmbl BioRad 1Q5. JlaHHBIe MO KoJIM4ye-
CTBEHHOI OlLICHKE aHAJIM3UPYEeMOIO IeHa IMpeAcTaBiie-
Hbl B OTHOCUTEJIbHBIX SIMHUILIAX, PACCUMTAHHBIX TIPU
CpaBHEHUHM C YPOBHEM SKCIPECCUU pehepeHCHOTo TeHa
youkBuUTHHA. JJ1s1 Kaxkmoro oopasiia peakiuio IpoBO-
JIAJIA B TPEX TIOBTOPHOCTSIX.

Tlonyuenue eenemuueckoli KOHCMPYKYUU
PMIWOX5::GUS

Jis ammumdpukanmy npomoTtopa reHa MIWOXS5 na
Martpuile reHoMHoi JIHK moniepHbl TUITIONIHON aM-
WIMGUIPOBAIN (PparMeHT pasMmepoM 1967 m.o. #o
crapt-konoHa ATG rena MtWOX5 ¢ IOMOILIbIO BEICOKO-
ToyHOM nommmepasbl Pfu (Cureke, Poccust). AMim-
(bMKAaLIMIO IIPOBOAWIN C MCIIOIH30BaHUEM IPaliMEePOB:

pMWOXS5_FOR
5'-CACCCAACCAAGCCTTATCATAGTAT-3' u
pMIWOX5_REV
5-GCTCTCTTCCATATTTCAATTCTAGA-3,

no ciaemyronieir mporpamme: 30 cex mpu 94°C, 40 cex
ripu 56°C 1 3 muH nipu 72°C, 28 HUKITOB.

ITonyyeHHbI (DparMeHT KJIOHMPOBAIM B BEKTOPE
pENTR(tm)/D-TOPO® (Invitrogen, CIIA). Ilpa-
BWJIGHOCTh BCTABKH ITPOMOTOpPA B BEKTOP ITyTEM MPOBE-
psUTH ¢ TIOMOILIBIO ceKBeHupoBaHusl. [Tocse atoro nmpo-
MOTOp TIepEeKJIOHMpOBaIM ¢ Tiomolnpio attR-attL pe-
koMOuHaimu B Bekrop pBGWES7 (VIB-Ghent,
benbrus), comepXaluii IocaeaoBaTeIbHOCTU PeErop-
tepHbIX reHoB GFP/GUS u Tepmunaropa T35S. ITomy-
YEeHHYIO KOHCTPYKILIMIO BBOIWIN B KIETKU Agrobacteri-
um rhizogenes MSU440.

Tpancghopmauus 2opoxa u aroyeprsvl OUNAOUOHOLL

LlITamMmom Agrobacterium rhizogenes, HECYIIIUM TeHe-
TUIECKYIO KOHCTpYKLmio pMtWOXS5::GFP/GUS, tpaHc-
(hopmupoBasiv pacTeHUSI JIOLIEPHBI UTLIOWIHON U TO-
poxa. TpaHchopmalnio OCyIIECTBIISUIA MO TTPOTOKOITY,
orurcaHHoMy JlumrieHcoM u coaBropamu (Limpens
et al., 2004), myreM HaHeCEeHMsI CyCIIEH3UM OaKTepuii Ha
cpe3 B 00J1aCTH TUTMTOKOTUJIST aCENTUYECKMX ITPOPOCTKOB
in vitro v KyJIBTUBUPOBaHUSI TMPOPOCTKOB C arpodakTe-
pusiMy B TedeHUe 4—5 MHEl Ha TBepHOi MUTaTeTbHOMN
cpene Farhaeus. Ilocne TpaHchopMaiiy 3KCIUIAHTHI
MepeHoCWIM Ha TNuTaTeNibHylo cpeny Emergence
(Limpens et al., 2004) ¢ mobaBiaeHEM aHTUOMOTHKA LI~
¢otakcuma 300 MKT/MI 1 KyJISTUBUPOBAJIM JI0 PEreHe-
paluy KOpHei, mocjie Yero pacTeHusl repecakvBaiy B
TOPIIOYKH, 3aITOJTHEHHBIE CyOCTPAaTOM BEPMUKYIUTOM C
JobaBJIcHUEM XXUIKOM IUTaTeIbHOM cpenbl Farhaeus.
MHOKys111MI0 JIIOLEPHBI IUTUIOUMIHON TTPOBOAWIN C
HCIIOJIb30BaHUEM IlITaMMa pu300uil Sinorhizobium me-
liloti 2011, a pacTeHMsI TOpPOXa MHOKY/IMPOBAIN IIITaM-
MOM pu3oouii Rhizobium leguminosarum CIAM1026.

Jlokanvubtil ananuz sxcnpeccuu eena WOX5

Jerekimio akTUBHOCTH pernoprepHoro reHa GUS
OCYIIECTBIISUIM ¢ oMoIlIbio cyocTpara X-Gluc (Sigma-
Aldrich, CIIIA), tHKyOMpysI pacTUTEIbHbIE TKAHU B Oy-
depe mna GUS-okpamuBanusg (NaPO, — O0ydep,
pH 7.0; 0.5 MM K;Fe(CN)g; 0.5 MM K, Fe(CN)g; 0.05%
Triton X-100; 0.5 MM X-Gluc B JIM®) riput 37°C B Teue-
Hue 1.5—2 yacoB. Cpe3bl TKaHel pacTeHUI MOMydaiu C
HCITOJIb30BAHKEM MUKPOTOMA ¢ BUOPUPYIOLLINM JIE3BH-
eM HM 650V (Microm International GmbH). Muxkpo-
CKOIMMYECKUIA aHAIM3 MPOBOAWIA C UCIOIb30BAHUEM
Mukpockorna LSM 510 META NLO (Carl Zeiss).
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Section 1

M1 10 120 130

140 150 1 60 74

PsWOXS5
MtWOX5

(1) ATTGETTTCARRATCATARGECTAGECARRGACARARACC TCCGCARGGTT TCTTTTEATGATCATARGCATGTT
(1) ATTEETTTCARARTCACARAGCTAGAGARAGACAAARACGTCE TARGG TTTCTTTTGATGATGACRRGGATGTC

@575 80 190 100

Section 2
110 1120 1130 148

PsWOXS5
MtWOX5

(75) ATTETTCATCATAGAGACARCTCCATGCATECTTC TALACARALG TTTGTTGAGATEGTACTCAGAGCCTAATAG
(75) ATRGTTCAT- - -AGAGACARCTCTATGEATGCTTCRACACARAGE TTTGCTGAGATGTEACTCAGRAGCCTGATAG

Section 3

(149) 149 160 170

190 1200 1210 222

PsWOX5 (149) GGTGATTGRGACTCTTGAGCTTTTTCCATTGARCTCCTTTGGTGAATCAGART CAGRATCTGAGARGCTGAGTG
MtWOX5 (146) AGTGATTGAGACTCTTGAGCTTTTTCCATTGRACTCATT TGGTGARTCAGAATCAGAR—————— ARAGTGGAGTA

Section 4

(223)223 1230 1240 1250

1260 1270 1280

PsWOX5 (223) TGCATGTGAATGAAAGTAGGGARAATCCTATATT TGCTTACACATGCACAATGGGTGAGCARATAGAGCATCCA
MWOX5 (214) TGCATGCRAATGAATGCAGGEARARTACARTGTT TECATACACATGTACAATGGEAGARCRARATGGARCACCCA

Section 5

(297)297 315
PsWOX5 (297) CCATTRGRCTTACGGTTGA
MWOX5 (288) CCATTGBGACTTACGGNTGA

Puc. 2. BeipaBHUBaHME MTOCIEA0BATEIbHOCTA HYKJIEOTUAOB amIuinduiimposanHoro ¢dparmenra kJIHK rena ropoxa PsWOX5
¢ cootBeTcTBYIOIMM ydyacTkoM KJIHK rena moniepust gurutonnaoit MtWOXS.

PE3VJIBTATHBI U OBCYXIEHWE
Hoenmugpuxayus eena PsWOX5'y eopoxa

Ha ocHoBanmm B3ATBIX 13 0a3bl JaHHBIX GenBank
HYKJIEOTHIHBIX TTocenoBaTesibHocTelt reHa WOXS5 Ara-
bidopsis thaliana n Medicago truncatula 6p111 ogooOpa-
Hbl BBIPOXIEHHbBIE IIpaliMepbl K KOHCEPBATHMBHBIM
yJacTKaM, KOTOpBIE WCITONB30BAIM ISl TIOTy4eHUsI
nponykra Ha MaTpuie KJIHK ropoxa (cm. puc. 1).

C McnoJib30BaHWEM BBIPOXKACHHBIX MpaiiMepoB Ha
matpuiie JIHK 1 kK IHK ropoxa (Frisson) Ob111 noy4de-
HBI TIPOIYKTHI OXKMAAEMOTO pa3Mepa. AHAINA3 MOCIIEN0-
BaTeJILHOCTE, TTOJTyYeHHBIX B pe3yJibraTe aMILIndrKa-
LIUY, BBISIBUI CXOACTBO JAHHBIX (DParMEHTOB C COOTBET-
CTBYIOIIMMH TOCJIECIOBATEIBHOCTSIMU apabKUaoIcuca 1
JIIOLIEpHBI AUITonaHOoUM (cM. puc. 2). Ha ocHoBaHuu
aHaJIn3a MOJTyYeHHBIX MTOCIeI0BATEIbHOCTE I HaMU OBbI-
JI TIOIOOpaHbl MOJTHOCTHIO KOMILIEMEHTAPHbIE TMpaii-
mepbl K KIHK ropoxa PsWOX5 (ot Pisum sativum
WOX5), KoTopble UCITOIb30BaIM [IJISI aHAIM3a SKCIIPEC-
CHM 3TOT0 F'eHa MPU Pa3sBUTUM KJIyOSHLKOB TOpPOXa.

Ananusz sxcnpeccuu eena PsWOXS npu pazeumuu
KAYOeHbK08 y eopoxa

Mp&BI npoaHanM3UpoBai 3Kcrpeccuio PsWOXS5 Ha
Pa3IMYHBIX CPOKaX MOCJIe MHOKYJISILMY pru3oousiMu. B
LeJIOM, TIOCJIe WHOKYJISILIUM YPOBEHb 3KCITPECCUU
PsWOX5 Bospacran, nocturain MakcuMmyma K 9—11 gHio
MOCJIe THOKYJISIINM (1), 3aTeM Ha 15 I ITporcxonm-
JIO CHIDKeHMe aKcrnpeccuu reHa PsWOX5 (em. puc. 3, a,
6). Tak, mo cpaBHeHMIO ¢ 5 nmu, Ha 7 Ay HaOIIomaIu
yBeJIMueHue 3Kcrpeccun reHa PsWOX5 B 3.6 paza, K
9 nrmm skcnpeccust PsWOX5 ysennunBaiach B 6 pas, a K
11 o1 — B 9.4 pa3. K 15 g HaOmomamm cHIDKEHUE
skcripeccnn PsWOX5, o cpaBHeHmto ¢ 11 o, B 4.6 pa-
3a, a Ha 22 1Ny — ypoBeHb 3Kcrnpeccun PsWOXS5 cHu-
Xascs B 22 paza (cM. puc. 3, 6). B HeMHOKy/IMpOBaHHBIX
KOHTPOJIbHBIX 00pa3liax aKcnpeccuto reHa PsWOXS5 He
HaOmonam (CM. puc. 3, a).
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Kpome Toro, Mbl TIpoaHATM3UPOBAIM IKCITPECCHIO
PsWOX5 'y myTaHTOB ¢ HapyllleHUeM Pa3BUTHSI IPUMOP-
JIeB/MEpPUCTEMBI KITyOEHBKOB sym35 1 sym38. Y MyTaH-
TOB sym35 HaOTIOMAaeTCsl paHHMIA OJIOK B pa3BUTHU KITy-
OCHBKOB: HE TTPOUCXOIUT aKTUBALIUS ICJCHUIN KIIETOK
KOpBbI, TOrJa KaK y MyTaHTOB sym38 00pa3yloTcsl OYeHb
penkve TpUMOPINHN KITyOSHBKOB, HO MepucTeMa He
hopmupyercs. Y MyTaHTOB sym35 1 sym38 aKCIpeccust
reHa PsWOX5 B oTBeT Ha MHOKYJISILIMIO HAaMU He ObL1a
BBIABIIeHA. [1p1 5TOM y TUKOTO THTIA 1Ty MyTaHTa sym33,
y KOTOpOTro MepucTeMa KiyOeHbKa (hopMupyeTcs, HO
TIPOMCXOMAT HAPYIIIEHMsT Ha TTOCIISAYIOITNX dTarax Kiry-
OeHBKOOOPa30BaHMs1, Habmonanm sxkcrpeccuio PsWOX5
B OTBET Ha MHOKYJISILIMIO (CM. puc. 4).

B coBOKyITHOCTH, MO/lydeHHbIEC TJaHHbIC CBUICTC/Ib-
CTBYIOT O TOM, 4To TeH PsWOX5 neiicTBUTEIEHO BOBJIE-
YeH B pa3BUTHE IIPUMOPINSI/MEePUCTEMBI KITyOEHbKA IO-
poxa.

TakuM 00pa3oM, Mbl IPOAHATM3UPOBATIA JUHAMUKY
aKcrpeccuu reHa WOX5 B TKaHSIX KOPHSI TOpOXa B OTBET
Ha MHOKY/IIIIAIO pU300MsIMM, HaymHasa ¢ 5 mmu. Ha
3TOM CPOKE Y TOpoXa IIPOMCXOIUT POCT MH(PEKIIMOHHBIX
HUTEM, TTOCPEACTBOM KOTOPBIX PU300MU MPOHUKAIOT
BHYTPb KOpbl KOpHs. IlapajuiebHO ¢ 3TMM aKTMBHO
MPOTEKAIOT AeJIEHUS KJIETOK BHYTPEHHUX CJI0EB KOPbI U
MepULIMKIiIa, MPUBOAAIIME K (POPMUPOBAHUIO TTPUMOP-
VS KITyOeHbKa — TPYIIEI IPOI(epUPYIOIINX KIIETOK,
dopMUpYIOIIMX 3a4aTOK KIIyOEHbKA, KOTOpBIC BITO-
CJICICTBUU AAIOT Ha4YaIo0 TKaHsIM KiryoeHbka (Voroshilo-
va et al., 2009). CornmacHO HallIMM JAHHBIM, HA 3TOM
CPOKE TIPOMCXOIUT 3HAYMTESIbHOE YBEIUYEeHUE 3KC-
npeccun reHa WOX5 B MTHOKY/IMPOBaHHBIX KOPHSIX TO-
poxa. Takoe yBeJIM4eHe MOXKET OBITH CBSI3aHO C aKTHB-
HOI mponrdepalmeil KJIeTOK MPUMOpAuUs KITyOeHbKa,
TOCKOJIBKY TeH WOXJ5, corylacHoO JIMTepaTypHBIM HaH-
HBIM, BOBJICUCH B PETY/ISILIMIO TTpOIMepaliii KJIETOK.
IMTpumepHo K 9—11 amu pactyiye nHGEKIIMOHHbBIE HU-
T JOCTUTAIOT IPOJIMMDEPUPYIONINX KIETOK ITPUMOPINS
KITyOeHbKa M OAKTEpMM HAYMHAIOT UX MH(PUIIUPOBATD,
MIPOHUKAsSI B KJIIETKM KOPHSI MOCPEICTBOM SHIOIMTO3A.
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Puc. 3. AHanu3 nuHaMUKM 3Kcripeccun reHa PsWOXS5 npu pa3BUTUY KiTyOeHbKa ropoxa JIMHUU Frisson:
a — AHanu3 nTuHaMuKu 3Kcrpeccun PsWOX5 metonom OT-TILIP;
6 — KonuyecTBeHHBII aHaIM3 TUHAMUKK aKcripeccun PsWOXS5 metonom OT-TILP ¢ nerekuueii B peaibHOM BpeMEHMU.

IMonyyeHHBbIE HAMU JaHHbBIC CBUAETEILCTBYIOT O TOM,
YTO Ha 3TOM 3Talle ypoBeHb 3KcIpeccuu reHa WOXS5 B
MIPUMOPIVAX KITyOSHBKOB JTOCTHTAaeT MaKCHMAaIbHOTO
s3HaueHus. Ha Gosree mo3mHmx cpokax (mocne 11 arm)
MPOMCXOIUT (POPMUPOBAHNE MEPUCTEMBI KITyOeHBKA 1
BbIXO/], KJ'[yGCHbKa Ha IMMOBEPXHOCTb MaTCPUHCKOI'O KOP-
Hs1 (Voroshilova et al., 2009). Obocob6ieHue 30HbI MEPH-
CTEMBI COMPOBOXIAeTCsT (hOPMUPOBAHIEM XapaKTep-
HOW ST a30TPUKCHPYIOIIETO KITyOeHEKOB THCTOJIOTH-

wt sym38 sym35 sym33

PsWOX5 _ -
= b =
En e e wad ees—

Ubiquitin
Puc. 4. Ananus skcrpeccun PsWOX5 B KOpHSIX Topoxa

JIUKOTO TUIIA U MyTaHTOB sym35, sym38, sym33, WHOKYIU-
POBaHHBIX PU3OOUSIMM, Ha 7 IEHb TIOCIE MHOKYJISILINH.

Yyeckoil cTpyKTypbl. Tak, B KiIyO€HbKax BO3pacTOM
OKOJI0 15 arum yxke pa3IM4rMMbl 30HbI, XapaKTepHbIC IJIs1
3peJibIX KIIyOEHbKOB HEJIETEPMUHUPOBAHHOIO TUTIA: Ha
Bepxylllke KIyOeHbKa pacrojiaraercsi Mepucrema, 3a
KOTOpOI1 pacriofiaraercsl 30Ha MHGbEKIIMKU, U BCield 3a
Hell K OCHOBaHMIO KJIyOeHbKa — 30Ha a30ThUKcaui
(Brewin, 1991). CornacHo HalIMM OAaHHBIM, K 15 amm
MPOUCXOAUT 3HAYUTEIbHOE CHIKEHME YPOBHSI 3KC-
npeccun WOXS5. Takum o6pa3oM, Ha4aJIbHOE YBEJIMYC-
HUe ypoBHsI aKcnpeccun WOX5 1o BpeMeHU CoBIagaeT
C aKTMBHOI npoJirdepaliyeit KJIeTOK Ha paHHUX 3Tarax
pa3BUTUS KiTyOeHbKa ((hopMUpOBaHUEM TIPUMOPINS), a
JIIOCTIDKEHE MakcuMmyMa okKcrpeccun WOX5 (9—
11 o) mpemiecTByeT (OPMHUPOBAHMIO Y KIIyOSHBKA
cobcTBeHHOM MepucteMbl. [Ipu aTtom muddepeHim-
POBKa TKaHel KiTyoeHbKa (IpuMepHOo 15 mmum) compo-
BOXIAeTCsl 3HAYMTEJIbHBIM CHIDKEHUEM YPOBHSI 3KC-
MPEeCCUM 3TOTO IreHa.

BhIsIBIIeHHBII XapakTep JMHAMUKK 3KCIIPECCUU Te-

Ha YKa3bIBacT HA €ro BO3MOXHOE y4acTHe B KOHTPOJIE

npotiecca (opMUPOBAHUSI  TTPUMOPIUS/MEPUCTEMbBI

KiyoeHbKa. OmHaKO JJ1s1 TIOATBEPKACHUS 3TOTO TIpei-

TTOJIOXKEHUST HEOOXOIMMO OBLIO ITPOBECTU JIOKAJIBHBII
aHaym3 skcnpeccun WOXS npu pa3BUTUU KiTyOeHbBKa.
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OCOBEHHOCTHU BKCITPECCHUU MEPUCTEM-CITELHU®UYHOI'O 'EHA WOX5

Jlokansuutii ananus sxcnpeccuu WOXS npu pazsumuu
KOpHell U KAybeHbK08 e0poxa U AHoyepHbl OUNA0UOHOIL

JIs1 moKalbHOTO aHaiam3a aKcnpeccun reHa WOXS5
Npy pa3BUTHMM KITyOeHBbKa HaMHM ObLIa cO3maHa KOH-
CTPYKIIYSI, comepxKaliiasi IpOMOTOP 3TOTO TeHa, COeIu-
HEHHBIN C PENOPTEPHLIM FeHOM 0eTa-TIIIOKOPOHUIA3hI
(GUS) (pMtWOX5::GUS) (cm. puc. 5). g cozgaHust
KOHCTPYKIIMU MBI UCITIOIb30BaIU MOC/EN0BaTEIbHOCTh
MIPOMOTOPHOIT obmactu reHa pMtWOX5 mouepHbl ou-
wiounHot (M. truncatula). JlvoniepHa OUIUIOWIHAS SIB-
JISIETCSl MOJIEIbHBIM 0000BBIM pacTeHHEM, TeHOM KOTO-
pOro K HACTOSIIEMY BPEMEHU TTOTHOCTBIO pacim@po-
BaH. JlioliepHa, Kak W Tropox, o0pas3yeT KIyOeHBKU
HeIeTepMUHIPOBaHHOIO THIa. Kpome Toro, o 6/mm3KoM
SBOJTIOLIMOHHOM POJICTBE 3TUX BUIOB CBUIIETEIIECTBYET
HaJIMyue TeCHOM CUHTEHUM MEXIy yJacTKaMUu reHoMa
JTIOLIEPHBI IUITJIONIHOM 1 Topoxa moceBHoro (Zhu et al.,
2005; KykoB u nap., 2009). Ha ocHOBaHUM 3TOr0 MbI
OXUJAIM, YTO aKTUBHOCTh IpoMoTopa M. truncatula Oy-
JIET PETyIMpOBaThCd CXOAHBIM OOpa3oM Ha TeHeTHUde-
ckoM (hoHEe ropoxa, MOCKOJIBKY CXOACTBO MPOLIECCOB
KJIyOeHbKOOOPa30BaHUSI MPETioaaracT CXoACTBO pery-
JISTOPHBIX MEXaHU3MOB.

Topox m3BecTeH Kak TpyIHOTPaHCGHOPMUPYEMBIA
o0nekT (CaBenbeBa u 1p., 2005). ArpodakTepraTbHYIO
TpaHCc(OpPMAaLIIIO TOpoXa OCIOXKHSIET HU3KasI pereHepa-
LIMOHHAsI CIIOCOOHOCTb, B YACTHOCTY HM3Kasi CII0CO0-
HOCTb K KOpHeoOpazoBaHuIo. B cBsi3u ¢ a3TM, mapar-
JIEJIBHO C TOPOXOM, MBI TAaKXKe ITPOBOAWIM TpaHC(OopMa-
LIMIO JIIOLEPHbI AUIUIOUAHOM, [JIsI KOTOPOU METObI
TEHETUYECKOM TpaHchOpMay XOPOIIO OTPabOTaHbI
(Chabaud et al., 2006). KpomMe Toro, BaxXHOIi 3amadeit
3TOM yacTy paboThl ObLT CPABHUTEIbHbBIN aHAINU3 JIOKa-
Jmzalmu akenpeccuu pMtWOXS5::GUS B TKaHSIX JIoLep-
HBI M. truncatula v ropoxa. Takoii aHaI3 TTO3BOJIVIT OBl
OLICHUTb aIeKBaTHOCTb UCTIOIb30BaHUSI KOHCTPYKIIUIA,
coaepxKalx IpoMoTop reHa M. truncatula, nins nyde-
HUSI PEeTYJISILM aKTUBHOCTU OPTOJIOTMYHOIO reHa y ro-
poxa.

B pesyinbraTe TpaHchopMaim ¢ IIoOMOIIbIO A. rhizo-
genes HaM yIaJioCh MOJTyYUThb JOCTATOUHO BBICOKYIO JIO-
JII0 TPAHCTEHHBIX KOPHEN KakK y pacTeHUii JIIOLIEPHBI,
Tak 1 Topoxa. OmHaKO, CIeIyeT OTMETUTD, YTO B HAIIIMX
BKCIEPUMEHTAX MPOLIECC pereHepaliiy KOpHE y Topo-
Xa, Tocie TpaHc(hopMaluu OeCKOPHEBbIX 9KCIUIAHTOB,
B 11eJTOM ObLT He 04eHb 3(heKTUBHBIM (1—3 KOopHs Ha
pacteHue). Y MojydeHHbIX TPAHCTeHHBIX KOPHEU ropo-
Xa W JOOLEPHBI MBI HAOMIOmAIM  3KCIIPECCHUIO
PpMtWOX5::GUS B mepucteMe KOpHsI, B 00J1aCTH, COOT-
BETCTBYIOIIIC MOKOSIIEMYCSl LIEHTPY MEpPUCTEMbI
(cM. puc. 6: a, 8). DTO cornacyercsl ¢ JIUTEPaTypHbIMU
JTaHHBIMU O JIOKAJI3alK1 3Kcrpeccuu reHa WOX5 apa-
ougorcuca B MOKOSIIEMCS LIGHTPE MEPUCTEMbI KOPHSI
(Haecker et al., 2004). TakuM oOpa3oM, IToJTydeHHasI Ha-
MU KOHCTPYKIIMS OKa3alach 3(h(MeKTUBHOM ST U3y4de-
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Puc. 5. Cxema BeKkTOpa, NCIIOJIB3YeMOTO IIJIsl JIOKAJIbHOTO
aHanu3a skcnpeccuu reHa WOXS.

HUS JloKaM3aluuu sKcnpeccuun reHa WOXS5 kak y mo-
LepHbl M. truncatula, Tak 1y Topoxa.

Kopau TtpaHchopMUpoBaHHBIX pacTeHMIA ObLIA
VHOKYJIMPOBaHbI PU300USIMU C LIEJIbIO TOCTeIyOIIei
JIOKamM3alun sKcrpeccun WOX5 Ha pa3nmyHBIX STarrax
opraHoreHe3a KiIyOeHBKOB. ¥ molepHbl M. fruncatula B
OTBET Ha WHOKYJISILIMIO TIPOMCXOINJIa HOpMabHasI 3a-
KJ1agKa IpUMOpANEB KIIyOEHBKOB, KOTOPBIE CO BpeMe-
HEM pa3BUBAIMCh B a30T(UKCUPYIOILINE KIIyOeHbKHU. Y
ropoxa Mbl TaKxKe Habmoaau (hopMUPOBaHUE IPUMOP-
JIeB KIIyOEHBKOB B OTBET HA MHOKYJISILIAIO, OMHAKO Ta-
K€ TPUMOPIAWMU OCTaHABIMBAJIVCh B pPa3BUTUU, U
0OPMJIEHHBIX KITyOEHBKOB Ha KOPHSIX TpaHC(HOPMU-
POBaHHBIX PACTEHMSIX TOpoXa HaM IIOJIYIUTb HE yma-
Jjock. OCTaHOBKA pa3BUTUSI MPUMOPAUEB KIIyOEHBKOB Y
ropoxa Ha KOPHSIX TpaHC(OPMUPOBAHHBIX pPAaCTEHUIA
MOXET OBITh CBSI3aHA C BO3MOXKHBIM M3MEHEHHEM TOp-
MOHAaJILHOTO CTaTyca KOpHeli-pereHpaHToB. M3BecTHO,
YTO pa3IMYHbIe ITaMMbI A. rhizogenes, NCIIOIb3yeMble
11 TpaHcOpMallM, XapaKTepU3YIOTCS pas3IMYHOR
CTETeHbIO BUPYJICHTHOCTU (B YACTHOCTHU, BIIUSTHUEM Ha
TOPMOHAJIbHBIN cTaTryc pacteHus). B dactHocTu, uc-
noJib3yeMblii Hamu 1raMM MSU440 xapakrepusyercst
JIOCTAaTOYHO BBICOKOI CTEIEHbIO BUPYJICHTHOCTH, KakK
M3BECTHO M3 JINTEPATyPhI, MOXET BBI3BATh 00pa30BaHME
KOpHel-pereHepaHTOB ¢ aHOMAaJIbHBIM POCTOM U MOp-
(hostorueit, xapaKTepU3yIOILIUXCS] U3MEHEHHBIM TOPMO-
HanbHBIM cTatycoM (Chabaud et al., 2006). Takum o6pa-
30M, AEUCTBUTEJIBHO LIEJIeCO00OPa3HBIM MPEACTaBIISIeTCS
CPaBHUTEJIBHBIN aHAINU3 SKCITPECCUM MOJTYYEHHOU KOH-
CTPYKLIMU TTapaJUIeJIbHO Y IBYX OOBEKTOB.

B naHHoIli paboTe ¢ MCMOJIb30BaHNEM KOHCTPYKLIMU
pMtWOX5::GUS HaMm yaanoch JIOKaJIM30BaTh 3KCIIpec-
cuto reHa WOXS5 Ha paHHMX 3Tariax pa3BUTHS TIPUMOP-
JIMsI KIIyOeHbKa Yy JIIOLIEPHBI IUTIIOWIHON 1 ropoxa. B
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enoM, Jokanu3anus sKcrpeccun WOXS y atix IByX
BUIIOB O00OBBIX OKa3a1ach CXOXEU, YTO MO3BOJISIET HaM
0000111aTh JaHHbBIE TI0 SKCIPECCUN U3Yy4aeMOro reHa y
JIIOLIEpHBI MUITIOMIHOM 1 ropoxa (cM. puc. 7). MbI no-
Ka3aJii, 4TO Ha caMbIX paHHUX 3Tanax WOXS5 skcrpec-
cUpyeTcsl B MEPULIMKIIE HAITPOTUB TSKAa KCUJIEMbI, UTO
COOTBETCTBYET MECTY 3aKJIa[IKU TIPUMOPIUS KITyOeHbKa
(puc. 7, a). Jdanee skcnpeccuss reHa WOX5 cBsa3ana ¢
NpoaudepupyoIIMMU KJIETKaM1 MPUMOPIS KITyOeHb-
Ka (puc. 7, 0, 8, ). CliemyeT OTMETUTD, YTO JIOKAT3ALISI
akcnpeccun WOX5 B KileTkax mprUMOpavst KITyOoeHbKa
corJiacyeTcsi C BBICOKMM YPOBHEM 9KCIIPECCUM 3TOTO Te-
Ha, onpeneiaeHHOM ¢ mmomMoibio metoma OT-TILP, Ha
5—11 anu — cpokax, Korja MpoMCXOIUT 3aKiaaKa Mpu-
MOpIMEB KIYOeHbKOB. TakuM 00pa3oM, KOppessius
9TUX JAHHBIX TTOATBEPXKIAET Hallle MPeArnooXeHue 00
Y4aCTHM TPaHCKPUIILIMOHHOTO (pakTopa WOXS B mpo-
ecce (HOPMUPOBAHUST TPUMOPIUS/MEPUCTEMbI KITY-
OceHbKa.

Kpome Toro, HamMmu NpakKTUYECKU He ObLTO BHISIBIIEHO
aKcrpeccuu reHa WOX5 B kieTKax anmaepMbl (KOpHe-
BBIX BOJIOCKAX), UTO YKA3bIBAET HA y4aCcTHE JAHHOTO Te-
Ha TOJILKO B KOHTpPOJIE IPOLIECCOB, MPOUCXOAIIINX B
KOp€ U TIEpULIMKIIE Y IBYX U3YUYEHHBIX OOOOBBIX pacTe-
HU.

W3BecTHO, 4TO Y apabUAoNcuca 3KCIpeccus TeHa
WOXS5 unnyumpyercs aykcuHom (Gonzali et al., 2005;
Imin et al., 2007; Chen et al., 2009). CaiiTbl 3aKJIaaKu
MPUMOPIVEB KIIyOEHHKOB COOTBETCTBYIOT 30HAM Ha-
KOIUIeHUs akycuHa npu aeiictBuu Nod-dakropos. [1o-
KazaHO 3HaYMTeIbHOEe TepeKphbiBaHe (90%) crieKTpoB
0eIKOB (IIPOTEOMHEIE UCCIIEIOBAHNS), CUHTE3 KOTOPBIX
VHAYLYPYETCsI B OTBET Ha JIEMCTBUE ayKCUHA Y MHOKY-
Jsio pu3oomsimu (van Noorden et al., 2007). C roMo-
IIbIO ayKCHUH-PETYIUPYEMbIX TeHETUUECKX KOHCTPYK-
mmii GH3::GUS u DRS5::GUS y mouepHbl M. fruncatula
u kneBepa Trifolium repens HabONAIN yCUTIEHHE ayKCH-
HOBOTO OTBeTAa B IEJISIIIMXCS KJIETKAX KOPbI M EPULINK-
Jla Ha paHHUX 3Tarax pa3BUTHS TPUMOPIUS KITyOeHbKa
(Mathesius et al., 1998; Huo et al., 2006). Bce atn maH-
HbIE YKa3bIBAIOT Ha BaXKHYIO POJIb ayKCMHA B OpraHore-
He3e KITyOeHbKOB, OTHAKO MEXaHU3M JeHCTBUS ayKCUHA
Ha ITPOLIECCHI, JIexKalllie B OCHOBE (pOpMMUPOBAHUSI TTPH -
MOpIMsI KIIyOeHbKa, OCTaeTCsl He BbISICHEHHBIM. B Ha-
1Ieil padboTe Mbl IToKa3auu, yto reH WOX5, n3BecTHbI
KaK ayKCHH-PETyJIMpYeMbIii TeH, SKCIPEeCCUpyeTcsl Ha
paHHUX 3Tarax pa3BUTHsI KJTyOeHbKa 1 BOBJICUCH B pa3-
BUTHE IpUMOpAus. TaknM 00pa3oM, MOXKHO ITPEITIoNI0-
JKUTh, YTO aKTUBaLMs 3Kkcrnpeccun WOXS5 onocpenoBa-
Ha JeliCTBMeM ayKCHUHa TIpd Pa3BUTUU NPUMOPIVEB
KJTyOCHBKOB.

Bwmecte ¢ Tem, s napaigoroB reHa WOXS5 y apabu-
Joricuca, GYHKUIMOHMPYIOIIMX B MepUCTeMe Iobera,
MOKAa3aHO MX HEMTOCPEACTBEHHOE Y9acThe B LIMTOKMHU-
HOBOM oTBeTe. Tak, TpaHCKpUILMOHHKIN (pakTop WUS

OCUIIOBA u np.

ToAaBJIsIeT IKcpeccrio reHoB ARR A-Tuma, BOBJICUEH-
HBIX B KOHTPOJIb LIMTOKMHUHOBOTO OTBeTa. M3BecTHO,
YTO y apabuaoricuca MpHu CBSI3bIBAHWU ITUTOKWUHWUHA C
peLenTOpOM, aKTUBUPYIOTCSI PETYJISITOPbl LIMTOKUHU-
HOBOTO OTBETa — TPaHCKPUIIIMOHHBIE (akTophl ARR
B-Ttuma n A-tuma. ARR B-Tumna cBsi3pIBatoTcst ¢ mpomMo-
TOpamMy HUTOKMHUH-PETYJIMPYEMbIX TEHOB U aKTUBUPY-
10T UX 9Kcnpeccuto. B cBoro ouepenb, TpaHCKPUITLIMOH-
Hble (pakTopel ARR A-Tumna mo MexaHusmy oOpaTHOI
CBSI3U TOJIABJISIIOT JEHCTBHUE TPAHCKPUTILIMOHHBIX (hak-
TOpoB B-Tuma u, TeM cambIM NPEensITCTBYIOT JabHEM -
11IeMy paclpOCTPaHEHUIO IMTOKMHUHOBOTO OTBeTa. Tak
kak WUS nonapisieT akcnpeccuio reHoB ARR A-Ttuta,
TO €ro JAeUCTBUE CIMTOCOOCTBYET JIOKATBHOMY YCUIEHUIO
LIMTOKMHUHOBOTO OTBeTa. JIpyroi TpaHCKPUITLIMOHHBIN
(haktop cemeiictea WOX, WOX9, kak mipearosaraercs,
YJacTBYeT B aKTUBALIUM LIUTOKUHUH-PETYTUPYEMbIX Te-
HOB Hapsily C paHee oXapaKTeprM30BaHHBIMU PETYJISITO-
paMu LIMTOKWHWHOBOTO OTBETa — TPAHCKPUIILIMOHHbI-
mu ¢paktopamu ARR B-tuna. Takum ob6pazom, B Mepu-
ctemMe Tio0era TeHbl WOX JOKalbHO YCWIMBAIOT
LIMTOKMHUHOBBIA OTBET, CTUMYJUPYs Mposudepaiio
KJIETOK MEpUCTEMBI.

M3BecTHO, 4TO Ha paHHUX 3TaIlaX Pa3BUTHUS KIIy-
OcHbKa HaOMOmaeTcsl yCUIeHNe [UTOKMHUHOBOIO OT-
BeTa U 3KCIPecCcusi LIMTOKUHUH-PETYJIUPYEMbIX T€HOB,
HEOOXOOUMBIX U151 pa3BUTHSI IIpUMOPINS KiTyOeHbKa. B
KOpHSIX JHOLEepHbl M. truncatula, MHOKYTUPOBaHHBIX
pU300UMsIMU, IKCIIpeccus pelentopa UTOKMHUHA
MtCRE nokani3oBaHa B KJIETKaX KOPbI U B pa3BHBalO-
IeMcst ipuMopany KinyoeHeka (Lohar et al., 2006). Ta-
KUM 00pa3oM, JIOKaIu3alusi KOMITOHEHTOB, BOBJICUCH -
HBIX B IIUTOKMHWHOBBIN OTBET Y OOOOBBIX pacTeHUI,
COBNAAacT ¢ JIoKajm3auueir akcnpeccun reHa WOXOS.
Kpome Toro, B pazBuTre HUTOKUHWUHOBOTO OTBETA Y 00-
0OBBIX TakKe BoBJieueHbI reHbl RR A- 1 B-Ttuna. Mox-
HO TIPEATIOJI0XUTD, UTo TeH WOXS5 BoBJIcUeH B perysisi-
LU0 IUTOKMHUHOBOT'O OTBETA MPU Pa3BUTUU IPUMOP-
JIWs KITyOeHbKa, aHAJIOTUYHO ICHCTBUIO €T0 Mapajioros,
GYHKIMOHUPYIOIINX Y apaOUIoTICUCa.

HMHTEepecHO OTMETUTD, YTO APYTMM IEHOM, JUISl KOTO-
pOro IoKa3zaHo yJactuie B (h)OpMUPOBAHUN TTPUMOPINS
KJIyOeHbKa, SIBJISIETCSI IMTOKMHUH-PETYJIMPYeMblid TeH
panHero HomynauHa ENOD40 (Fang, Hirsh, 1998). Ha
paHHUX 3Tarnax KJIyoeHbKOOOpa30BaHMSI OH SKCIIPECCH-
pyeTrcs B IEPULTMKIIE U B IEJSAIIMXCA KIIETKaX MPUMOpP-
mus (Imaizumi-Anraku et al., 2000, Wan et al., 2007).
Kak m3BectHO, npoaykT reHa £NOD40, npeacTaBisiio-
I cOOOI PeryIsITOPHBIA MENTU, OKa3bIBaeT BIUSI-
HME Ha ayKCMHOBBLIM OTBET B TKaHSIX KOpHS (van de
Sande et al., 1996). Takum o6pazom, ENOD4(0 BoBieueH
BO B3aMMOJENCTBUE MEXIY IIMTOKMHUHOBBIM U ayKCH-
HOBBIM OTBETOM ITPHY Pa3BUTUU KITyOEHbKA.

Tak KaK M3BECTHO, YTO TPAHCPUITLIMOHHEBIN (pakTOp
WOXS5 saBaseTcss ayKCUH-peryJIupyeMbIM, HO TIPU 3TOM
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MOXET BJIMSATh HAa pPacrpoCTpaHEHUE [TUTOKUHUHO-
BOro OTBeTa (MUILEHBIO €ro AEUCTBUS MOTYT SIB-
naTbesas RR A-Tuma), Mbl mpearionaraeM, 4To Opu
pa3Butuu Kiryoenbka WOXS urpaeT pojiab CBSI3YIO-
11Ier0 3Be€Ha MEXIY U IMTOKMHUHOBBIM 1 ayKCUHO-
BbIM OTBETOM. DTO MpPEANOoXKeHue TpeOyeT TMoj-
TBEPXKIEHUS B KCIIEPUMEHTAX MO U3YYEHUIO BIIUSI-
HUSI TOPMOHOB HIUTOKMHWHA U ayKCUHA Ha pa3BUTUE
KJIyOEHbKOB C MUCMOJIb30BaHUEM TTOJYYEHHBIX KOH-
CTPYKLIMH.

SAKJIIOYEHHUE

B sro0ii pabote MBI mokazanu, uyto reH PsWOX5 Bo-
BJIEYeH B KOHTPOJb Pa3BUTUSI KIYOEHBKOB ropoxa U
9KCIIPECCUPYETCSI HA BLICOKOM YPOBHE B ITpouhepupy-
IOIIUX KJIeTKaX Pa3BUBAIOIINXCS IIPUMOPAUECB KIy-
OceHBbKOB. PesynbraThl Halleit paboThl JE€MOHCTPU-
PYIOT, YTO IIPY Pa3BUTUM Pa3HBIX CTPYKTYpP, TAKUX
KaK KJIIyOeHEeK U KOpeHb, IIpojundepanns KICTOK y
pacTeHuil KOHTPOJUPYETCS OAHUM U TEM XKe pery-
IITOpHBIM TeHoM WOXS5. Tlpm 3TOM, BEpOSITHO,
0COOEHHOCTH Pa3BUTHS 3TUX OPTAHOB OIIPEACIISIIOT-
Cs TOHKOW peryasuueil B3auMOJEUCTBUSI TpaH-
ckputmInoHHoro pakropa WOX5 ¢ ropMoHaMu pac-
TEHU, MpexXIe BCEro HMTOKUHUHOM U ayKCUHOM.
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Features of the Expression of a Meristem-Specific WOX5 Gene during Nodule
Organogenesis in Legumes

M. A. Osipova?, E. A. Dolgikh?, and L. A. Lutova®
¢ All-Russia Research Institute of Agricultural Microbiology, St. Petersburg, 196608 Russia
e-mail: mary_osipova@mail.ru
b St. Petersburg State University, St. Petersburg, 199034 Russia

Abstract—In recent years, the role of WOX genes encoding homeodomain transcription factors in the devel-
opment of the apical meristem of shoots and roots has been actively investigated. However, the role of WOX
genes in the control of the cell proliferation in other meristem types is poorly studied. In our work, we have
studied the role of the WOX35 gene in the development of the meristem in nitrogen-fixing nodules developing
on the roots of legumes in a symbiosis with rhizobia. We have shown that the WOX5 gene is involved in the
development of the nodule meristem in legumes, have quantitatively evaluated the gene’s expression at dif-
ferent nodule formation stages, and have studied the localization of its expression using a construction con-
taining the WOX5 promoter conjugated with a reporter gene. The role of the WOXS5 transcription factor in the
nodule organogenesis and its possible interaction with the hormonal system in the course of the nodule de-
velopment has been discussed.

Keywords: nodule development, legume—rhizobium symbiosis, meristem-specific genes, WOX
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Pucynox 6. JlokaneHblil ananu3 skcnpeccun reHa WOXS (pMtWOXS5::GUS) B koHUMKe KOpHsI ropoxa (A)
1 JTIOLIEPHBI TUITonaHOH (B) (mosicHeHust B TekcTe)

Pucynox 7. JlokanbHbIH aHanmu3 sKkcrpeccun reHa WOXS (pMtWOXS5::GUS) B npumopann KiryOeHbKa ropoxa
(B, D) u ronepus! mumutongHo# (A, C) (TIOSICHEHUS B TEKCTE)
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