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B nanHOM 0030pe IpeacTaBieHa XapaKTepUCTUKA YHUKAJIBHOTO IS pacTeHuil HD-Zip-cemeiicTBa roMeo-
OOKC-cofepXKallluX FTeHOB M pacCMaTPUBAETCS UX y4acTHe B MOJIEKYJIIPHBIX MeXaHM3MaX YCTOMYMBOCTU K
OTIEJbHBIM HeOJaronpusaTHbIM (haKTopaM BHEIITHEl cpenbl, TAKUM KaK 3acyxa, HeIOCTaTOK CBETa, MaTo-
reHbl. [IpogeMoHCTpUpOBaHO BaxkHOE 3HaUeHUE reHOB H D-Zip B MOIYJISIIUA U OObEIMHEHUY CUTHAJIOB OT
PAa3ITMYHBIX TOPMOH-3aBUCHUMBIX TeHETUUECKMX KaCKaa0B, KOHTPOJIMPYIOIIMNX afaNTalluio PACTEHU K TeM

NJIN MHBIM BHCIITHUM Cl)aKTOpaM.

Knroueswle cnoea: TpaHCKPUITLIMOHHBIN (haKTOp, TOMEOOOKC, JIEUMIIMHOBBIN 3urinep, reH HD-Zip, putorop-

MOHBI, CTpecC.
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I'omeoboKc-conepxalye TeHbl ObLIM BIOEPBBIC
OOHapy:XeHHBI y npo3oduisl [1] B pe3yabTraTe aHaImn3a
TOMEO3UCHBIX MyTallMii, TPUBOASIIMX K TpaHChOp-
Malli¥ OJHUX 4YacTeil Tejla B Apyrue. JlaHHBIE TeHbI
KOAUPYIOT TpaHCKpunuuoHHble ¢akTtopel (TD),
yIpaBJisifolliie mpoleccaMu pocta U auddepeHIn-
poBKHU B opraHn3Me. OTINYUTEILHOT 0COOEHHOCTHIO
9TUX (PAKTOPOB SIBJIsIETCS Haamare romeonomerna HD —
MOCJIeA0BaTeIbBHOCTH U3 60 aMHMHOKHCIIOT, KOTOpast
dopMUpPYET TPEeXCIUPAJIBHYIO TPETUUHYIO CTPYKTY-
py, obecreunBaloIIyio crielmdrmieckoe B3auMoaei-
CTBHUE C TIPOMOTOPHBIMU palioOHAMU T€HOB-MMUILIeHEe i
[2]. IepBeiMm HD-comepXammm TreHOM, HM30JIHAPO-
BaHHBIM 13 TCHOMOB pacTeHMi1, Obl1 TeH Knotted 1 Ky-
Kypy3bl Zea mays, BMIUSIOIUNA Ha TuhepeHIPOBKY
JIMCTOBBIX TKaHEW M ITOJyYMBIIWII CBOE€ Ha3BaHUE
Osmarogapst XxapakTepHoMy (PEHOTHUITY pacTeHMIT, He-
CYLLIMX 3TOT IeH (HaJIW4ure y3eJIKOB BO3JIE CPEAUHHOMN
1 OOKOBBIX XMJIOK yrcTa) [3]. C MOMEHTa OTKPBITHUS
9TOoro reHa B 1991 r. OBLJIO YCTaHOBJIEHO OOJBIIIOE
YUCJIO IPYTUX CXOIHBIX T€HOB pacTeHUi, pa3anyalo-
IIMXCSI IO CTPYKTYpPE U pa3Mepy TOMeOoIoOMeHa, a TaK-
K€ HAJIMYUIO JOMOJTHUTEIBHBIX JoMeHOB [4]. OnHa-
KO, HECMOTpSI Ha TO YTO 3TU reHeTUYeCKUe (PaKTophl
YY4acTBYIOT B IIpoliecce dopMupoBaHus U mudde-
PEHIIMPOBKHU KJIETOK, HU OIMH M3 HUX HE IPOSIBIISLI
TOMEO3UCHBIX 3((HEKTOB, XapaKTePHBIX ST SKUBOT-
HBIX.

Cpenyt roMeo00KC-CoAePKALIUX TEHOB PACTEHUIA
BBIIEJISIETCST 0cO00€e ceMeiicTBO HD-Zip, niist KOTOpO-

ro xapakTepHa KOMOMHAlIMS y4acTKa, KOIUPYIOIIEeTO
romeogomMeH HD, ¢ yyactkom Tak HasbIBaeMOt
“neiiumHoBOM 3actexku” (leucinezipper, LZ). Ilo-
clieiHsIs1 obecneurBaeT oOpa3oBaHre OEKOBBIX M-
MEPHBIX MOJIEKYJI Y TOJIBKO B Takoit popme TD HD-
Zip crnocobeH cBa3brBaTh JJHK-Mumens [5]. ITo oT-
NeJIbHOCTU KaXIblii U3 JBYX yKa3aHHBIX TOMEHOB
BCTpEYaETCs y BCEX 3yKapUOT, OTHAKO UX COUETaHUE
B OAHOM O€JIKe XapaKTepHO TOJIbKO ISl PACTEHUIA,
BKJIIOYAsl KaK MXY M MaloOpOTHUKU, TaK U MOKPHITO-
ceMeHHBbIe pacTeHus [6]. Ha ocHOBaHUM CTPYKTYp-
HbIX 0coOeHHOCTel reHbl HD-Zip nionpa3nesitoTcs
Ha kJacchl I—IV, u3 KoTopbix HauboJjiee U3yYeHbl B
dyHkumoHanbHOM T1aHe Kiaccol 11 u IV. IMocnennue
Y4acTBYIOT B ITpoleccax nuddepeHLIMPOBKIA pa3iny-
HBIX TKaHEeH, BKITI04asl aluKaJIbHYI0 MEPUCTEMY, COCY-
JIUCThIE TTy4YKU, TKaH! SMUIEPMIUCA Pa3TUYHbIX Opra-
HOB (KOpHei, ctebnst) [7—14]. HD-Zip-reHbl, OTHOCS -
muecs K xiaccaMm [—II, paHo oTnenmiauchk OT TPy
reHoB III—IV, cyns mo ocoOEHHOCTSIM MX CTPYKTYpPhI
[15], TeM He MeHee 1 IJIsI HUX ObUIO IOKa3aHO y4acTHe
B psne (hopMooOpa3zoBaTeIbHbIX MPOLIECCOB, TaKUX
KaK pa3BUTHE CeMsIoau U ucta [16, 17], onpenene-
HHUE CPOKa KOJIOIIEHHUS Y 03UMOi1 mieHusl [18]. Ot-
JIMYUTEIIbHAsI YepTa Bcex KiaaccoB HD-Zip-reHoB 3a-
KJII0YaeTcsl B UBMEHUMBOCTU MX MATTEPHOB IKCIIpec-
CUU B 3aBUCHMMOCTU OT BHEIIHUX (DaKTOpOB (CBET,
TeMIlepaTypa, yBIaXKHEHHOCTb U JIp.), @ TAKXKe OT JIei-
CTBUS (DUTOTOPMOHOB, YTO TIpEAIiojiaraeT ydacTue
5TUX F€HOB B Pa3JIMYHbIX TEHETUYECKUX KacKaaax,
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Puc. 1. Cxema ocHOBHBIX KJ1accoB 6esikoB HD-Zip (Moguduumposana us [20]). HD — romeonomeH; LZ — neiIMHOBBIA 3UIT-
niep; START — momen (cMm. pacummdpoBky B Tekcte); SAD — nomen, mpwreratomuii K START-nomeny; MEKHLA — nomen,
comepxXalinii BRBICOKOKOHCEpPBAaTUBHBIE aMUHOKUCIOTHBIE ocTaTku: Met, Glu, Lys, His, Leu, Ala.

KOHTPOJUPYIOIINX aTallTUBHEIE peaKLUU pacTeHUM
K MEHSIIOLIMMCS, B TOM YHCJIe CTPECCOBBIM, (haKTO-
paM BHelHel cpensbl [19]. Llens HacTosIIEeH cTaThb —
0030p HAKOIUIEHHBIX JAHHBIX, MOCBIIIEHHBIX 3TO-
My acIekTy (dyHKuuoHupoBaHus HD-Zip-cemeii-
CTBa PETYISITOPHBIX T€HOB.

CTPYKTYPHAA XAPAKTEPUCTUKA
OCHOBHBLIX KJIACCOB I'EHOB HD-Zip

HD-Zip-reHbl KaXXIoro Kjiacca IMpeacTaBIeHbl B OT-
JIEJTbHBIX T€HOMaX MHOTOYMCIEHHBIMU TapajoraMu,
KOTOpPbIE MOTYT pa3IMyaThcsl KaK IO CBOEH CTPYKType,
TaK U Mo (PEHOTUTIMYECKOMY TTPOSIBJIEHUIO, CBSI3aHHO-
MY C YPOBHEM DKCIIPECCUM B Pa3IMYHbBIX TKaHSAX. TeM
He MeHee reHbl OTHOTO Kjlacca, KakK MpaBujIo, XapakTe-
PU3YIOTCSl ODOIIIMM MEXaHW3MOM CBOEU peryisiiuuv, a
TaKkKe CrienInupuIecKnM HabOpoOM MUIIICHEH B COCTaBe
Te€X TeHETUYECKMX KacKalloB, B KOTOPbIX OHU TIPUHU-
marot yuactue [20].

Knaccot I-11

HD-Zip-rennl, otHOcsamuecs: K kiaccam [ u 11,
KOIUPYIOT NOJOOHKIE 110 CTpYKType TAD, Meroliye He-
oonbiioii pa3zmep (170—250 a. 0.) oTHOCUTENILHO OeJi-
KOB JIBYX JPYIMX KJIACCOB (CM. HIKE) U COCTOSIIIIC U3
BBICOKOKOHCepBaTuBHOTrO HD, MeHee KoHcepBaTmB-
Horo goMeHa LZ u BapuaGeabHbIX N- 1 C-KOHIIEBBIX
paiioHoB (puc. 1). OcHoBHBIE (DYHKIIMOHAJIBHBIC 1O~
mensl HD u LZ copmepxar xapakTepHble HaOOPHI
aMUHOKMCJIOT, KOTOpPbIe BHYTPHY OTAEIbHBIX KJIAaCCOB
HE pa3IndaloTcs JaXke y OTHAJIEHHBIX BUIOB pacTe-
Huit [21, 22]. OmgHaKo, HeCMOTPS Ha OOJIBIIIOE CTPYK-
TYpPHOE CXOJCTBO FeHOB 000UX KJIaCCOB, MEXIY HUMU
MMEIOTCS CIIENYIOIINEe XapaKTepHbBIEC pa3Inumsi:

1. 'ennt ktacca HD-Zip 11 conepkat Tpu 9K30Ha 1
JIBAa MHTPOHA, PacCIIOJIOXEHHBIX B ydactkax HD, xo-
mupylommx o-coupanu 2 u 3. Y xnacca HD-Zip 1
MMEIOTCSI T€HbI C OAHMM MHTPOHOM: MO0 B COCTaBe
noMmeHa LZ, nmbGo B cocTaBe Ol-criMpaiu 1, a Takxke
TeHbI ¢ KOMOMHAIME TOTo U Apyroro MHTpoHa [21].

2. Tensl HD-Zip 11 xogupyioT JONOJTHUTEIbHBIA
CPSCE-moTuB (IIOJIydMBIINIA Ha3BaHHWE OT ITOCTIE-
nmoBatenbHOCTH aMuHOKuUcaoTr Cys, Pro, Ser, Cys,

Glu B OykBeHHOM Koie) B coctaBe C-KOHIIEBOTO
paitoHa. DTOT MOTHB OTBEYAET 3a 00Opa3oBaHME MYJIb-
TUMEPHBIX OEJIKOBBIX MOJIEKYJT 33 CYET MEXKMOJIEKYJISIP-
HbIXx Cys—Cys-cBs3eii. Takrie MOJIEKYbl HE CIIOCOOHBI
MPOXOAUTH YEPE3 SAEPHYI0 000TI0UKY, TTOATOMY aKTUB-
HocTh TM MOXET perympoBaThcsi CKOPOCThIO 00pa3o-
BaHUS MYJbTUMEPHbIX (OpM B 3aBUCUMOCTU OT
OKMCJIMTEIbHO-BOCCTAHOBUTEIBHOIO (PEIOKC) II0-
TeHLaJla LUTOILIa3Mbl KJIETKU [23].

3. IIponyxtel reHoB HD-Zip 1 u HD-Zip 11 umerot
Pa3IMYHYIO CIIeIU(PUIHOCTh CAUTOB-MUILIEHEH, B Ka-
YeCTBE KOTOPBIX BBICTYIIAIOT IICEBAOMNATMHIPOMHbBIE
nocienoBatebHOCTU CAATNATTG ¢ pasnuyaro-
IIMCS LIEHTpaJdbHEIM HyKiieoTunoM: A/T — B cirydae
HD-Zip 1 u C/G — B cnygae HD-Zip 11. Dta cnenu-
(GUYHOCTD, MO-BUIMMOMY, OOYCJIOBJIEHA Pa3IMYHBIMU
AMUHOKMCIOTAMMU B TO3ULMSIX 46 11 56 o-crivpaiu 3: Ala
u Trp y HD-Zip I; Glu 1 Thr y HD-Zip II, Hapsny c
pa3InM4YHOI MPOCTPAHCTBEHHOM OpUEHTaLIUeH Y 000-
nx OEJIKOB aMUHOKHMCIOTHOIO OocTaTtkKa ArgS5, KOTo-
PbI BBIMOJIHAET LIEHTPAJIBbHYIO POJb BO B3aMMOAECH-
cTtBUM ¢ MoJiekynoit JIHK [24].

HD-Zip-6enku 060MX KJIAaCCOB CITOCOOHBI B3au-
mopeiictBoBath ¢ JJHK Tonbko B popMe numepos,
npyu 3ToM OOJIbIIOE 3HAYEHUE IJI AeTepMUHAIUU
CUJIBl B3aUMMOIEHCTBUSI (HO He cHeuu(pUIHOCTH)
UMeeT CTpykKTypa N-KOHIIEBOTO pailoHa U MeTiu
MeXIy IIepBOii U BTOpOii O--crimpayisimMu [25, 26].

Knaccot 111-1V

IMponyktel renHoB HD-Zip 1111V otHOCATCS K 011~
HUM u3 Hanbosiee KpymHbIX TAM pacTeHuii u coaep-
KaT IOTOJIHUTENIBHBIE CTPYKTYPHBIE TOMEHBI, OTCYT-
CTByOIIMe y mpenbigyiieil rpyminsl reHoB: START
(Steroidogenic Acute Regulatory protein-related lipid
Transfer) u koncepBatuBHbIii SAD (START-associat-
ed domain). HD-Zip III-¢dakTopsl, KpoMe yKa3aH-
HBIX IByX JOMEHOB, UMEIOT €111¢ OJAWH JOTMOJTHUTEb-
Hblit C-koHuesBoit nomeH MEKHILA [20] (puc. 1).

Oyukuus START-gomena (~200 a. 0.) 1o cux mop
TOYHO HE YCTaHOBJICHA. Y XXUBOTHBIX TaHHBIM JOMEH
ObLT OOHApPY:KEH B pa3/IMUHBIX OeJIKaX, CBSI3aHHBIX C
TPAHCHOPTOM JIUIIMAOB WIN CTEPOJIOB, HO HU B OTHOM
u3 cy4daeB oH He ObLT acconuupoBaH ¢ JIHK-cBsa3biBa-
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oM noMeHoM [27]. Ilpenmomnaraercs, 9To y pacre-
HU apGUHHOCTB OEJIKOB, CoAepKAIINX 3TOT JOMEH, K
crneuuduueckum JIHK-caiitam MoxeT peryiupoBaThb-
Cs1 B3aMMOACHCTBUSIMU O€IOK-JIUITHI/CTEPOII KaK IIPsI-
MBIMU, TaK U 4Yepe3 Ipyrou O6enok-nocpenHuk [28].
HaHHas rurore3a NoATBep:KaaeTcss padboTtoii [29], B
KOTOpOM OBLIO MOKAa3aHO ydyacTue omHoro us T
HD-Zip 1V B pochomnnmumaHoit CUTHAJILHONM cCUCTEME
KJIETOK KOpHS$ y apadbuporicuca. I'lo anamoruu ¢ mexa-
HU3MOM TPaHCIIOPTa PELENTOPOB ITTIOKOKOPTUKOM-
JIoB y miekonurarommx [30] mpeamnonaaraeTcs Takke,
yTto B3aumognevicteue aunmuaoB co START-moMeHOM
HeobxoauMo 11 TpaHcnopta T® HD-Zip III-1V B
aapo kieTtku. PyHkuuss SAD-momMeHa Hoka HEM3-
BECTHA, HO B OJTHOM CJIydae YCTaHOBJICHO, YTO IIPHU-
CYTCTBHE BTOTO IOMEeHAa HEOOXOIMMO IJISI OCYIIIECTB-
JICHUs peryasitTopHoii pyHKumm 6enka HD-Zip IVy
xJjionmyaTHuka [31].

MEKHLA-gomen T® HD-Zip III nmeeT BbICO-
KYIO CTeleHb roMojiornu K PAS-noMeHy, pucyTcTBY-
IOIIEMY BO MHOTMX OejikaXx BCEX BUIOB OPraHU3MOB
[32]. TlocnenHuii siByisieTCsl BHYTPUKJIETOYHBIM CEH-
COpPOM, CITOCOOHBIM BOCIPUHUMATh TaKue CUTHAJIBI
KakK CBET, KOHLEHTpallUsl KUCI0poJa, PeAOKC-TIOTEH-
Maja HATOTUIa3Mbl. DaKT MPUCYTCTBUSI CXOAHOTO J10-
MeHa y 6enkoB HD-Zip 111 yka3eiBaeT Ha Ux BOBJIE-
YEHHOCTb B HOBYIO IOTEHIIMAJIbHYIO CUTHAILHYIO CH-
CTeMY, KOTOPYIO ellle MPEACTOUT U3YYUTh.

Bzaumozeiictsue T® HD-Zip 11I-1V ¢ AHK Mme-
Hee U3yYeHO, YeM B ciIydae ABYX NPEeIbIIylInX Kjiac-
COB, ITOCKOJIbKY CAMTHI-MHIIEHU IJISI 3TUX OEJIKOB
oosiee TonmmMopdHEI. OOI1Iasg O0COOEHHOCTh 3THX
caiiToB — HaJIMume 1mocienoBaTeabHocT TAAA [20].

Hanee OymeT paccMOTpeHO yyacTue reHoB HD-Zip
pa3JIMYHBIX KJIACCOB B (DOPMUPOBAHUU YCTONYMBO-
CTM K HEKOTOPHIM HeOJaronpusTHbIM (aKTopaM
BHEILIHe! cpenpbl.

YCTOMYUBOCTDb K 3ACYXE

OrpaHUYEHHBIN JOCTYT BOABI A5 pACTEHUI MTPU-
BOJIMT K U3MEHEHUIO psina MophodU3NOJIOTUIYECKUX
MPU3HAKOB, a UMEHHO K YMEHbIIIEHUIO0 CKOPOCTU UC-
MapeHusi, 3aMEeICHUIO pOCTa U Pa3BUTUSI PACTCHUS,
paHHeMy LIBeTeHUIOo 1 ap. [33]. DTu npolieccbl KOHTPO-
JIMPYIOTCSI PSJIOM PACTUTEIBLHBIX TOPMOHOB, BKJTIOUYast
adbcuzoByio Kucioty (ABK), aTuiieH, ayKCUH, a TakKe
TEHETUYECKON CHUCTEMOM, OIIOCPEAYIOLIEC NIEUCTBUE
yKa3aHHbIX TOPMOHOB Ha MeTabOIMYECKUE TTPOLIECCHI,
CBsI3aHHBIE C Mposudepaneil n nuddepeHIramein
KJIETOK pa3In4yHbIX TKaHeil [34]. OcoOyio poib B 3TOM
CHCTEME BBITNIOIHSIOT TeHbl HD-Zip-cemeiicTBa, B 0CO-
OeHHOCTHU OoTHOcsIMecs K kiaccy HD-Zip 1. Ha pa3s-
JIMYHBIX PACTUTEbHBIX OOBEKTaxX, TaKMX KaK PUC,
apabuaoricuc, MOACOJTHEYHMK, MSrKas MIIeHUla,
OBLJT YCTAHOBJIEH BCIJIECK TPAHCKPUITIIMOHHOM aK-
TUBHOCTU F'€HOB 3TOTO KJlacca B YCJIOBUSIX 3acyxu [21,
22, 35, 36]. AHanornuHblil 3¢ dEKT NPOUCXOIUT IO
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neicTBueM 3K3oreHHoro ropmoHa ABK, aro cmae-
TEeJbCTBYET 00 yyactuu reHoB HD-Zip 1 B ABK-oro-
CpelloBaHHOM OTBETe Ha JaHHBIN Buj cTpecca. KoH-
CTUTYTUBHAs 9KCIPECCUS 3TUX TEHOB B TPAHCTEHHBIX
pacTEHUSX COMPOBOXAAETCS 3aMEIJIEHUEM MpOollec-
COB, CBSI3aHHBIX CO CTapeHUEM, YTO CIIOCOOCTBYET
MOBBIIIIEHUIO YCTOMYMBOCTH K 3acyxe [37]. DTo 1mo3-
BOJIMJIO TPENIIoNoXUTh, 4Tto ¢dakrop HD-Zip 1
Y4acTBYeT B PEryJIsiLiIMM CUTHAJILHOM CUCTEMBI “rop-
MOHa cTapeHus1” — »TWieHa. B pmameHelIIeM 3TO
MPEITONIOKEHNE TTOATBEPAUSIOCH TpU n3ydeHuu Td
Hahb4 mnonconHeynuka [35]. B uenom posib reHa
HD-Zip | BuUHTErprpOBaHHOI CCTEME, OIIPEACISIIO-
LIeH YCTOMYMBOCTD K Ae(UIIATY BOIBI, MOXKHO OITHCATh
B paMKax cxeMbl Ha puc. 2. Iloa nelicTBueM 3acyxu B
Pa3IMYHBIX TKAHSAX PAcTeHUs TPOMCXOAUT HaKoILIe-
Hue “ropmoHa crpecca” ABK, KoTophlil yepe3 reHbI-
MOCPEIHUKW BbI3bIBACT MHAYKIIMIO reHa HD-Zip 1 B pe-
3ynbTaTe CBI3bIBaHUS OenkoBoro ¢akropa EmBP ¢
caiitamu ABRE (ABscisic acid Responsive Elements)
B COCTaBe IPOMOTOpa JaHHOTO reHa. AKTuBauust HD-
Zip | IpUBOAUT K penpeccuu 3TUJIEHOBOTO MyTH B pe-
3yJIbTaTe MOAABIEHUS aKTUBHOCTU OCHOBHBIX F€HOB,
KOHTPOJIUPYIOLINX OMOCUHTE3 aTuieHa: SAM (S-ane-
Ho3mwIMeTnoHMHCcHHTeTa3hbl) 1 ALIK-okcumassr. Ilo-
cleqHUi (PEpMEHT KaTau3upyeT peaklMIio OKHUCJIe-
HUS |-aMUHOIIMKIIONPOTIaH- | -KapOOHOBOU KUCIOTHI
(ALIK) c obpa3zoBanueM 3twicHa [38]. JlomoaHUTEIb-
HO 3TUJIEHOBBI MYTh HETAaTUBHO PETYJIUPYETCS B pe-
synbrate cynpeccun EIN3 u EIL1 ¢akTopos, ciayxka-
IIUX TPaHCAYKTOpaMM 3TUJIEHOBOro curHaia [39].
Kpome peripeccuy 3TUIEHOBOrO MyTU, aKTUBALIUS
HD-Zip 1 contpoBoXIaeTcsi akTUBAlLMEN TIpearioia-
raeMbIX T€HOB-MUIIIEHEN, He CBSI3aHHBIX HEeTloCpe.i-
CTBEHHO C 3TUM KacKaJioM, B TOM YMCJIe TEHOB, KO-
pylolux OeTauH-ajdbIeruaaeruaporeHasy U apru-
HuHIekapookcunaszy [35]. IlepBwiii  depmeHT
KOHTPOJIMPYET OMOCUHTE3 U3BECTHOTO OCMOINPOTEK-
Topa G6etauHa [40], BTOpoil BOBjJieueH B OMOCHUHTE3
MOJIMAMUHOB — PETYJISITOPOB OTBETa HA OCMOTHYE-
ckuii ctpecc [41]. Takum 06pa3oM, YCTOHUYMBOCTh K
HEIO0CTaTKy BOIIbl OOecreuynBaeTcsi MHTMOMpPOBaHU-
€M DOTUJIEH-UHAYLIMPYEMOro Mpoliecca CTapeHusl,
YTO MPUBOIUT, B YACTHOCTH, K MOIIEPKAHUIO aKTUB-
Horo (oTocuHTe3a B TeueHue OoJiee IIUTEIHLHOTO
Meproja, Mo3BoJjsisl PaCTeHUI0 CUHTE3UPOBaTh pa3-
JIMYHBIE METaOOIUTHI JJ151 3alUTHI OT CTpecca, B TOM
quciie ocMorpotekTtopbl. I'en HD-Zip 1 npu sToMm
BBITIOJIHSIET POJIb MOCPEIHUKA MEXIY CUTHATbHBIMU
crucTeMaMU, KOHTPOJIupyeMbIMU ropMoHamMu ABK n
3TUJICHOM.

HHTtepecHo, yTo momuMo reHoB HD-Zip 1 B ne-
TEePMUHALIMW YCTOMYUBOCTU K HEJOCTATKY BOJBI MO-
TYT IPUHUMATh Y4acTHE T€Hbl, OTHOCSIIIMECS K KJIac-
cy HD-Zip 1V. bpuio mokazaHo, YTO y MyTaHTOB apa-
omporicuca ¢ TOBBIIICHHOM OSKCIIpeccueil TeHa
HDG11 nanHoro Kjacca Bo3pacrajla yCTOMUMBOCTh K
3acyxe [42]. MyTaHTHBIIT (DEHOTUI XapaKTepU30BaJICS
OoJree pa3BUTOM KOPHEBOM CMCTEMOM U peayIIMPOBaH-
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Puc. 2. Yuactrie T® HD-Zip I B perynsiiium otBeTa Ha ctpecc 3acyxu. OObscHeHUE B TeKcTe. HenpepbIBHBIEC IMHUY CO CTPEI-
KaMU ¥ OTpaHMYMTENISIMU Ha KOHIIaX 0003HAYAIOT MHAYLIMPYIOIIUE U CYIPECCUPYIOLINE BIUSHUS, COOTBETCTBEHHO. [1pephi-
BUCTBIC JIMHUU U CTPEIKU 0003HAYAIOT IyTH TIepeayn CUTHaJIa, MpecTaBeHHbIe YIIpOoIlleHHO. SAM — S-aneHOo3WIMeTHO-
HuH; ALUK — 1-amuHO-1IMKII0TIpOonaH- 1 -kapooHoBast kuciota; ABRE — ajeMeHTHI ipoMoTOpa, KOHTPOJMPYIOIINE PeaKIINIo
Ha ABK. I'-o0pa3Hasi TMHMS CO CTPeIKOoi 0003HaYaeT CTapT TPAHCISLIMU.

HBIM YMCJIOM YCTbUIl. B OMOXMMHUYECKOM TUIaHE Ha-
Omonmasicst IoBbIIEHHBIN ypoBeHb ABK, a Takke He-
KOTOPBIX (hepMEHTOB, OTBEYAIOIIIMX 3a AETOKCHUKAIIUIO
aKTUBHBIX (DOPM KHUCJIOpOJa U TToAAepKaHUE OCMO-
TUYECKOTO JaBjieHus. Ha OCHOBaHWM MOBBILLIEHUS
ypoBHs1 ABK aBTOpHBI Npenosiaraiy B 1aHHOM cilyyae
HaJMyhe MeXaHuW3Ma YCTOWYMBOCTH, aHAJIOTMYHOIO
BBILLICONIMCAaHHOMY 1J1s TeHoB HD-Zip 1. OnHako, 1mo-
CKOJIbKY HEeT JIaHHBIX, MOATBEPXKIAIOLIMX Yy4dacTue
HD-Zip 1V B peryasiiiuy 3TUJIEHOBOIO Kackaaa, 3TOT
MEXaHN3M MOXKeT ObITh UHBIM. Hesb3sT TaK>Ke TTOJTHO-
CThIO UCKJIIOUUTh HATMYKE PA3IMYHBIX MEXaHU3MOB
pPeryJISiLiMU U B Cllydae TeHOB, OTHOCSIIIMXCSI K OHO-
My Kiaccy. Tak, 1o BIusiHieM BOAHOTO aeduliuTa y
yactu reHoB HD-Zip 1 apabumoricuca ypoBeHb 3KC-
MPECCUU TIOBBILIAETCS, TOTA KaK Yy IPYroil 4acTtu,
Hao0opoT, TToHXaeTcs [21].

CUHIAPOM “U3BETAHUA TEHN”

CungpoMm “nmzdberanus teHn” (SAS, Shade Avoid-
ance Syndrome) IIIMPOKO PacpOCTPaHEH CPEeIu I10-
KPBITOCEMEHHBIX pacTeHUil. [ToH>XKeHne COOTHOILIe-
HUSI KpacHOTO cBeTa K nmanbHeMy KpacHomy (R/FR)
SIBJISIETCSI CUTHAJIOM 3aT€HEHHOCTH PaCTEeHMsI, BO3-
HUKaIOIIel M3-3a BBICOKOW IUIOTHOCTU ITOCEBOB.
JaHHBIM CUTHaJI BOCIIPUMHMMAETCS CHUCTEMOIl Oell-
KOB-CEHCOPOB, B KAY€CTBE KOTOPHIX BHICTYNAIOT (hM-
ToxpoMbl A 1 B [43]. B oTBeT Ha 3TOT CUTHAJI MPOKC-
XOHSIT OBICTPEIE MOP(MOIOrNIYeCcKIe NU3MEHEHUSI, CBSI-
3aHHBIC C YIJMHEHUEM CTEOJIsI 32 CUeT TOPMOXKEHUS
pocTa JUCTOBBIX TUIACTUHOK. DTU U3MEHEHUS TOJI-
HOCTBIO 00paTUMEI KaK TOJIBKO pacTeHMe IepepacTa-
€T CBOMX COCEIei M YyBEJIMYMBAECTCS MOJISI KPAaCHOTO
cBeTa, Heobxoaumoro mwist hotocuHTe3a. CooTBeT-
CTBYIOIIME M3MEHEHUSI DKCIPECCUU T'€HOB, COIIPO-
BOXIaroNne TaHHBII MOP(OJIOrMIeCKUl CUHIPOM,
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TaKK€ XapaKTEpM3YIOTCS OBICTPOTOII M OOpaTHMMO-
cthio [44]. K ynciny reHoB, pearupylomux Ha u3me-
HeHue cooTHoueHUs1 R/FR nmomo6HbIM 06pa3oM, a
MMEHHO Pe3KHM YBEJIWYEHUEM YPOBHS DKCIIPECCUU
MIpY HU3KOM COOTHOIIEHUM U CTOJb XK€ OBICTPHIM
CHMZKEHUEM 3TOTO YPOBHS IIPU BLICOKOM COOTHOIIIE -
HHMU, OTHOCSTCS TeHbI apadbunoncuca ATHB2 (kinacc
HD-Zip 11) u PIL 1, KOTOpbIi MPpUHAIJIEXKUT K KJIaccy
T® c OCHOBHBIM JTOMEHOM THUIIA CIIPAIb—IICTISI—
cuupaib (Basic—helix—loop—helix, bHLH) [44, 45].
IToMuMoO yKazaHHBIX T€HOB B PEryjsliMM OTBETa Ha
3aTEHEHHOCTb IIpUHMUMAaeT y4yactue reH HFRI, Bbi-
CTYNAaIINiI B Ka4eCTBE HETaTMBHOIO PETYJIsITOpa
[46]. B 1ieioM 3TH gaHHBIE HApSILy C OPYTUMU pac-
KpBIBAIOT T€HETUYECKMIT MEXaHU3M OTBeTa, 0a3upy-
IOIIUIiCcS Ha TMHAMUYECKOM OaJlaHCe TTO3UTUBHBIX U
HETaTUBHBIX PEryIsITOpOB (puc. 3).

OnIHMM U3 OCHOBHBIX CEHCOPOB B 9TOM OTBETE SIB-
Jsietcst putoxpoM B [47]. B pesynabraTe CHUXKEHMUS
cootHomreHuss R/FR 1o kpurudeckoro ypoBHSI TaH-
HBII 0EJIOK MEHSIET CBOIO KOH(OPMAIINIO, TIePEXOas
13 (OpMBbI, BOCIIpUHUMAIOIIEH HAJIbHUM KpacHBIN
cset (PfrB), B popMy, BOCIpMHMMAIONIYIO KPAaCHBIA
cset (PrB). OTo mpuBoauUT K CHMKEHWIO MHTUOUTOP-
Horo 3¢dekra PfrB Ha aktuBHOCTH 6enkoB PIF
(Phytochrome Interacting Factors), KoTopsie 110 CBO-
et crpykrype orHocsaTca K bHLH-tuny T®. B cBoio
ouepenb, PIF-6enku nHnypytoT redbl YUCs, KOH-
TpoJupyolire OUOCUHTE3 TOpMOHA ayKCUHa U3
npenmecTtBeHHUKa TpuntodaHa (Trp) B IMCTBIX
[47]. DTOT TOPMOH 3aTEM TPAHCIIOPTUPYETCS B KIIET-
KU cTebisl, rae CTUMYJUPYET MPOLIECC IJOHTAIUU.
AYKCHUH MOIYJIUPYET 3KCITPECCHUIO0 OTPOMHOTO KOJIU -
yectBa T, B yrc/ie KOTOPBIX BhIILICYKa3aHHBIE TeHbI
ATHB2 wn PIL1 [48]. IlocnenHue MOTyT y4acTBOBaTh
B O0BbEAMHEHUN CUTHAJIBHBIX KacKaaoB, KOHTPOJIU-
pYEMBIX pa3UYHBIMU TOPMOHAMU, U (POPMUPOBA-
HUU KOMIUIEKCHOTO aJalTUBHOTO OTBETa Ha CTpecc,
OIHAKO JEeTaJli ITOro Ipoliecca MokKa He U3YUYEHHI.
OnHOBPEMEHHO C aKTUBaIUeil TeHOB — MO3UTUBHBIX
peryJsiTopoB OTBETa TMPOUCXOIUT WHAYKIIMS Hera-
TUBHOTO peryisatopa HFRI, TIpOoyKT KOTOPOTO CBSI-
3piBaeTcst ¢ 6enkamu PIF, mHaktuBupys ux [49]. B
YCJIOBUSIX OCBEILIEHHOCTH 3TOT ITPOAYKT IOJABEPraeTcs
Jierpanaliu B pe3yJibTare YOMKBUTUH-JIMTA3HOW aK-
TUBHOCTH Oenka, kogupyemoro reHom COPI (Consti-
tutive Photomorphogenic 1) [50]. B ycnoBusix TeHU, MO
JIEMCTBUEM JAJIbHETO KPACHOTO CBETa, YKa3aHHasl ak-
TuBHOCTH COP1 yMeHbIIaeTcsi, YTO U MPUBOIUT K
yBenuueHuto akTuBHbIX ¢opm HFRI1 [51] (puc. 3).
IToctenenHoe MX HakoIUIEeHME OOecIieuuBaeT IMepe-
XOJI U3 CTaIluM MO3UTUBHOU perymsiuuu SAS B cra-
JIUI0 HETaTMBHOI peryJsiiui B TOM ciydyae, Korma
9TOT CUHAPOM HE€ MPHUBEN K IMOJIOXUTEIbHOMY pe-
3yJIbTaTy.

TaknMm o6pa3oM, Kak B cllydyae OTBETa Ha 3aCyxy,
TaK W B peaklMM Ha HEIOCTaTOK CBEeTa MPOAEMOH-
CTpHUpOBaHa BaxkHas1 poJib reHoB HD-Zip I—11 B kaue-
CTBE MOTEHIIMAJIbHBIX MOAYJISITOPOB alalITUBHBIX pe-
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Huzkoe R : FR

Pfr B ——— > PrB

HFRI1

\/ PIFs ——> YUCs

Tpuntopan ————> AykcuH —>
YnnuHeHue
TO: PIL1I, ATHB2 W Ip. crebJist
—
1
1
v

CuHapoM uzberaHust TeHU

Puc. 3. l'eHeTnueckasi perynsiuusi OTBeTa Ha 3aTEHEH-
HOCTb. XapakKTepUCTUKa TeHOB (OEJIKOBBIX (haKTOPOB)
naHa B Tekcre. ['eH, oTHOcsumiics K kinaccy HD-Zip 11,
BbleJIeH paMKoii. OTHOIIEHUS CYTIPECCUUN U MHIYKIIVH,
a TakXe JI0 KOHLIA He UCCIeNOBaHHbIE TYTU PETYJISILIuN
0003HauYeHbl JIMHUSIMU KaK Ha puc. 2.

aKIMil pacTeHM Ha 3TU BUOBI cTpecca. Hapsmy c
MpelCcTaBJICHHBIMM paboTaMU ObIjla ITOKa3aHa Kop-
pensiuysl YpOBHEM 3KCIIPECCUM YKa3aHHBIX T'€HOB C
IPYTMMHM BUIAMHU aOMOTHMYECKMX CTPECCOBBIX BO3-
JIIEMCTBUM, TAKUMU KaK 3aCOJICHHOCTb, HU3Kas TeM-
neparypa [21, 52, 53], omHaKoO B 3THX Clydasix MeXa-
HHM3MBbI peTyJISILIMY ToKa He sSICHBL. [1loka Hen3BeCTHBI
npuMepsl yuactus reHoB HD-Zip 1-11 B peakiiuu Ha
ouortnyeckue (axkrtopel. Bce M3BeCTHBIE NMPUMEPHI
TaKOro YYacTHsI OTPAaHMYMBAIOTCSI KJIACCOM T'€HOB
HD-Zip IV (cM. nanee).

3AILIMTA PACTEHUN OT NATOT'EHOB

Kak u3BecTHO, KyTUKyJia paCTEHUI, WKW HEKJIe-
TOYHBII CJIOU, TOKPBHIBAIOIIUA TOBEPXHOCTHBIN 3TTU-
TEJIWIT U COCTOSIIIUI U3 BOCKOIIOMOOHOTO BEIIECTBA
KYTHHA, BBIMOJHSET BaXKHYIO 3alIUTHYIO (DYHKIIMIO
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Puc. 4. Yuactue T® HD-Zip 1V B 6uotnueckom crpecce. [Ipssmoe aHTUIIAaTOreHHOE neiicTBUE AedeH3MHOB 0003HAYEHO AYTroit
C OrpaHUYMTENIEM Ha KOHIIe. JIBe mapauiesibHbIe IMHUU CO CTPEJIKOI U OrpaHMYMTEIEM YKa3bIBalOT Ha pa3Hoe BIMsSHUE (Kak
cylpeccupyoliiee, Tak M MHayuupyolee) 6eaKoBbIX (hakTopoB HD-Zip 1V Ha reHbl, cBsI3aHHbBIE C TPAHCIIOPTOM U MeTabo-

JIU3MOM JIMIINIOOB.

HE TOJILKO OT aOMOTHMYECKMX BO3ACHCTBUIA, HO U OT
naTtoreHoB [54]. Perynsiiiusi akTUBHOCTU T€HOB, BO-
BJICUEHHBIX B OMOCUHTE3 KYTUKYJIbI, IOKAa HEAOCTa-
TOYHO u3yuyeHa. Y apabugoricuca 6610 OOHAPYXKEHO
HECKOJIBKO TIyTeid OMOCUHTE3a, OJUH U3 KOTOPBIX
BkimouaeT reH CFL1 (Curly Flag Leafl) [55]. Ilpu
3TOM ObLIO TTOKa3aHo, uTto Oeimok HDG1, oTHOCS-
mmiics K kinaccy HD-Zip 1V, B3aumMmoneiicTByer ¢
9TUM T€HOM, HETraTUBHO BJIMSISI HA €70 aKTUBHOCTD.
Kpome sToro, obu1 ucciaenoad reH ZmOCL I Toro ke
KJlacca y KyKypy3bl U [TOKa3aHO €ro yJyacTue B peryJisi-
1LIMM psiia TEHOB, KOTOPbIE OTBEYAIOT 3a TPAHCHOPT U
MeTaboJIM3M JIUTTUIOB ¥ MOTYT Y4aCcTBOBaThb B (hOpMMU-
pOBaHUU KYTUKYJIbl U OINPEAETICHUN €€ CTPYKTYPHBIX
¥ HU3NIECKUX CBOMCTB [56]. B uncie aTux reHoB-MHu-
meHed oenka ZmOCLI1: nsLTPII (0enok mepeHoca
yununoB tura 2), AtCXE-18 (xkapbokcuiaacrepasa),
WBC11/ABCG11 (nepeHocunku ABC-tuna), SECI14
(pochaTuania-mHO3UTONI-TPAHCHOPTHBIIT ~ 0OEJIOK).
benoxk LTPII, xkogupyemblii IEpBbIM T€HOM, WUTPAET
CYIIIECTBEHHYIO POJIb B TPAHCIIOPTE JIMITUAOB KYTUKY-

JIBI 9epe3 KIJIETOYHYIO cTeHKY [57]. Beimo ycraHosie-
HO, 4YTO HeKoTopble LTP-0eqku mpruHUMAIOT ydacTue
B 3allIUTE OT IPUOHBIX MH(MEKIUI U HACEKOMBIX [58,
59]. Kpome Toro, ObUIO MOKa3aHO, YTO CBEPXIKC-
npeccusi reHa HvLTP2 y s4MeHsI TTOBBIIIAeT YCTOM-
YUBOCTH K GakTepum Pseudomonas syringae [60], To-
roa Kak mytanus B reHe LPTG ] apabumoricuca npu-
BOJIUT K UYYBCTBUTEIbHOCTU K TPUOHBIM UHGEKIIMSIM
[61]. K cybcemeiictBy LTP 6e1KoB ¢ BhIpask€eHHBLIM
AHTUTPUOHBIM Y aHTUOAKTEPUAIbHBIM JEHCTBUEM OT-
HocsATCsl AepeH3UHbl pacTeHUil (Y-TUOHMHBI) [62]. V
MIIEHUIIBl TPyIMa 3TUX TeHOB CHelU(pUUYECKU 3KC-
MpeccupyeTcsl BO BHEIIHEM KJIETOYHOM CJIO€ pa3BUBa-
rorierocs 3epHa [63]. Kak ObL10 IMOKa3aHO B TpAaHCTEH-
HBIX 3KCIIepUMEHTaxX, reH HD-Zip IV, unaynpyeMblii B
OTBET Ha MOpPaHEHUE, MOXET aKTUBUPOBATh TPOMO-
TOPBI HECKOJILKUX T€HOB, KOAWUPYIOIIUX Ae(DEH3UHBI.

Taxkum o6pazom, T® HD-Zip IV moryT ObITh 3a7¢ii-
CTBOBaHLI B CUCTEMaX 3alllUThI OT ITATOT¢HOB JIMOO IIpsi-
MO, aKTUBUpYsl O€IKW, MMEIOIIME aHTUIIATOTeHHOE
JIeiicTBre, TNOO0 HEITPSIMBIM CITOCOOOM — Uepe3 peryJIsi-
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LI1I0 GEeJIKOB, yJ4acTBYIOIIUX B (POPMUPOBAHUM 3a-
IIMTHOTIO CJIOSI pacTeHUit (puc. 4).

SAKJTIOYEHHME

VYyactue HD-Zip-TeHOB B agallTUBHBIX PEaKIIMSIX
pacTeHUi peau3yeTcsl 4epe3 pa3HOOOpa3HbIE MeXa-
HU3MBbI, CBSI3aHHBIE CO CIIelM(pUIECKIMU TSI KaXKI0TO
BHEIIHEro (hakTopa CUTHAIbHBIMU TEHETUYECKUMU CU-
creMaMu. [Ipu 3TOM JaHHbBIE T€HBI SIBJISTIOTCS TPOME-
JKYTOUYHBIM 3BEHOM, OOBEIUHSIONIMM pa3iudyHbIe
KacKaJlbl U HapaBJISIOIIUM CUTHAJIbl BHEIIIHEN Cpebl
Ha TeHbI-2(P(HEeKTOPhl YCTOMYMBOCTU. DTO U OIpee-
JISIET BaxKHOE 3Ha4YeHUe reHoB HD-Zip B celeKuuu B
KauyeCcTBEe MOJYJISITOPOB 1IEJIOr0 KOMILIeKca aJanTHuB-
HBIX peaklUUii pacTeHUil K OTAEIbHBIM BHEIIHUM, B
TOM YKCJie HeOJaronpusITHBIM, (pakTopaM.

Pa6ota BeImostTHeHA TpU (PUHAHCOBOM IMOIJIEPKKE
Poccuiickoro HayuyHoro ¢doHaa (mpoekt Ne 14-14-
00161).
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HD-Zip Genes and Their Role in Plant Adaptation to Environmental Factors
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This review presents a characteristic of a unique for plants HD-Zip family of homeobox-containing genes and
considers their participation in molecular mechanisms of resistance to certain unfavorable environmental
factors, such as, drought, deficiency of light, pathogens. The importance of HD-Zip genes in the modulation
and integration of signals from various hormone-dependent genetic cascades controlling the adaptation of

plants to various external factors is demonstrated.
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