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MOJIEKYJIAIPHBIE OCHOBBI ITPU3HAKA KAPJITUKOBOCTH Y
KYJbTYPHBIX PACTEHUI. COOBIIIEHUE I1. DELLA-BEJIKH,
NX CTPYKTYPA U ®YHKIINN®

T.E. BWIOBAL, 1.H. PABOBAZ, U.H. AHUCUMOBA?

Ten mmennupt RHt (Reduced height), npenonpenenvBimii ycrnex «3eJI€HOH PeBOJIOIMH» H
HCMOJIb3yeMblii MPH CO3JAAHNM HU3KOPOCJBIX M YCTOWYMBBIX K TNOJIETAHHIO COPTOB, KOAUPYET OEJOK C
BbIcOKOKOHCepBaTHBHbIM DELLA nomenom (J. Peng c coasr., 1999). BoibmmncTBo KapankoBbix ¢Gopm
KYJbTYPHBIX PACTEHHil coaepKaT MyTamud B reHax, komupyiommx DELLA-6enkn. Takue myrauum
BECbMa MNEPCNEKTHBHbI JJIs MCIOJb30BAHNS B CeJIEKIUH, NMOCKOJbKY OHM HE OKA3bIBAIOT BJIUSHHS HA
JKusHecnocooHocTh U pa3vHoxkenne pactenuii (M. Ueguchi-Tanaka c¢ coasrt., 2007). Ilomumo Kapimko-
BOCTH, HeKoTOpble MyTamun B reHax DELLA-0ei1koB MOryT mpuBecTH K NPOTHBOMNOJIOKHOMY (heHOTHIY C
CIJIbHO BBITSHYTbIMU cTeOnsivu (slender-gopmbl, mwm Besmkanbl). K kakomy (enomuny (kapimk wim Bem-
KaH) mpuBeler MyTtamus, 3apucut ot ee mpupoabi (P. Achard, P. Genschik, 2009). B cratse nmoapodHo
00CyKIaeTcsi CTPYKTYpa, JOKAIM3amus, NOCTTpaHcasAunonHble Moudukamm u ¢pynkuun DELLA-6eskoB.
YyacTBysl B C/IOKHBIX 0€JIOK-0€JIKOBBIX B3aMMOJEHCTBUAX, OHM MIPAIOT POJIb PENPECCOPOB B TPAHCIYK-
muu ruooepesmHoBoro (I'A) curnana. DELLA-Genkn acconmupyoT ¢ TPAHCKPHNIMOHHBIME (haKTOpaMu
(T®), nHruOupys MX aKTHBHOCTb M, KAK CJIEICTBHE, BbI3bIBAIOT TOPMOXKEHME POcTa pacTeHuii. B mpu-
CYTCTBMH rHOOepe/IiHA yJJIMHEHHe CTe0/is AKTHUBUPYETCs, MOCKOJbKY PE3KO CHMKAETCS CTA0MJIbHOCTD
DELLA-6eakos u DELLA-3aBucumas penpeccuss T® npekpamaercsa. Hu3kuii pocT MyTaHTa mie HALBI
rht, KaK ¥ MHOTHX [pPYrMX BCTPEYAINMXCS B MPUPOAE KAPIMKOBBIX ()OPM pacTeHmii, 00yCJIOBIEH
HakomienueM DELLA-0enkoB BcieacTBue MX mNOBbieHHOW ctaduiabHocTH. CraouiasHocts DELLA-
0ejKa yBeJMYMBAETCH B pe3yJbTaTe MyTalMii, KOTOpPble MOTYT ObITh CBS3aHbI C HApYIIEHMEM B €ro
CTPYKTYype U(WIM) B CTPYKTYpPe IOMEHOB IPYrMX YYacTHHKOB mepenaun ['A-curaana, Takux Kak peuen-
Top GID1 n 6enxku F-6okca youksutun-nporenn-aurassl E3 (GID2 — y puca, SLY1 — y apadugoncu-
ca), BOBJIeYeHHbIE B 00pa30BaHHE CJOXKHOTO OEJIKOBOr0 KOMILUIEKCA, KOTOPBIi HEOOXOAMM AJIsi MHIYK-
muu nporeosm3a DELLA-6eakoB (B.C. Willige ¢ coasr., 2007; K. Hirano c coasr., 2010). B ctatse
noAIPOOHO paccMaTpuBaeTcsl pPoyib pa3nndHbiX GyHKumoHa bHbIX MoTHBOB DELLA-Oenka B mepenade
T'A-curnana (DELLA, TVHYNP, polySTV na N-konueBoii 9act moJsiekyiasl 1 C-konueBoiit GRAS no-
MeH, Briodaonmii ysactku LR, VHIID, PFYRE u SAW). B DELLA-Genkax netr /IHK-cBsi3biBatomero
nomena. Ilo-Buaumomy, penpeccuBnas ¢ynkuus DELLA-Genka, odycioBiena Hammauem GRAS nome-
HA W peanm3yeTcs Yepe3 0eiOK-0eKoBbIe B3aUMOECTBIS MOTHBA JeidimHOBbIX MOBTOPoB LRI ¢ Tpan-
ckpunuuonnbivi paktopamu (R. Zentella ¢ coasr., 2007; K. Hirano c coasr., 2010). Yuactok poly-
STV BbINOJHSET PeryJsiTOpPHYIO poJib. B HeM oOHApYKeHbI CAiiThl, MO0 KOTOPHIM OCYIIECTBJISIOTCS MOCT-
TPAHCJISIMOHHBbIE MOIM(UKAIMH, CNOCOOHbIE M3MEHHTh MAPTHEPOB B MEKOEJIKOBBIX B3aMMOJEHCTBUSAX M
(mwm) nokam3ami DELLA-6enkoB (L.M. Hartweck, 2008). Yuyactkm DELLA, TVHYNP u gacth
GRAS nomena BosiedyeHsl B ¢opmupoBanne 0eikoBoro komiviekca ¢ penenropom GID1 m youkBuTHH-
npoTenH-mra3oii, Heooxomamoro 1isi mporeosn3a DELLA-6eaxkoB (M. Ueguchi-Tanaka c¢ coasr, 2005;
K. Hirano c coasr., 2010). Obcyxnaercs ¢ynkuus DELLA-Gellka KaK MHTErpaTopa CUTHAJBHBIX IyTei
TOPMOHOB W BHEIIHMX CTHMYJIOB, CIIOCOOHOTO KOPPEKTHMPOBATh POCTOBYI0 PEAKIMIO PACTEHHIl B 3aBHCHMO-
ctn ot ycuosmii (X.-H. Gao c¢ coasr., 2011). Takum o6pa3om, aktuBHocTh DELLA-GenkoB MoKeT Jie-
JKaTh B OCHOBe (DEHOTMNHMYECKOW IIACTUYHOCTH M O0YCJOBIMBATH 3aMeJIEHHBIH POCT PACTEHHid MPH BO3-
JIeICTBAM HEOJIATONPUATHBIX (PAKTOPOB.

KioueBblie cjioBa: KapaMKOBOCTb, TOPMOXKEHHE POCTA, TPAHCAYKIMS rHOOepeINHOBOIO CHI-
Hana, DELLA-6en0K, penpeccuBHasi ()yHKIMS, POTEOJIH3.

BoabIIMHCTBO KapMKOBBIX (POPM KYJBTYPHBIX PACTEHUI CONEPKUT MY-
TaUMU B TeHax, KoTopble KoaupyioT 6enku DELLA, BeimonHsonye (QyHKLUIO
perpeccopoB TMOOEepeNIMHOBOTO CUTHaia. Takue MyTaldM BechbMa IMepCIeKTUB-
Hbl JUIS UCIIOJb30BAHUS B CEJIEKLIMM, TOCKOJbKY OHM HE OKa3bIBAlOT BIIMSIHUS
Ha >XM3HECIIOCOOHOCTh pacTeHUN M UX penpoaykTuBHYIO ¢yHkuuwo (1). Tak,
OCHOBOI «3€JIEeHOI PeBOOLNN», 00eCIeUrBIIei BOCYATISIOIIUIA POCT ypoxKaii-
Hoctu miueHulbl B 1940-1970-x ropax, mociayxkuiau reHsl Rht (Reduced height),

* PaGora BbIMmoTHeHa 3a cueT rpaHta Poccuiickoro HayuHoro donma (mpoekt Ne 16-16-00026). «MonekynspHbie
OCHOBBI (HOPMHUPOBAHMSI KAPIMKOBOCTU Y KYJAbTYpHbIX pacteHuii. Coobuenue 1. HapyieHusi pocra u3-3a Myraumit
TeHOB MeTabonM3Ma M CUTHAIMHra rmO6epe/uTMHOB (0030p)» cM. B XypHasie «CebCKOXO3SIICTBEHHAss OMOJIOTHUS»,
2016, T. 51, Ne 1: 3-16 (doi: 10.15389/agrobiology.2016.1.3rus, doi: 10.15389/agrobiology.2016.1.3eng).
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OTBETCTBEHHbIE 32 CHWXXEHME BBICOTHI PACTeHUI M OOpa3oBaHME YTOJILIEHHOIO
crebnst (2, 3). [lomumo KapJIMKOBOCTH, HeKOTOpble MyTaluuu B reHax DELLA-
OEJIKOB MOTYT MPUBECTU K MPOTHUBOIOJIOKHOMY (PEHOTUITY — PACTEHUSIM C CUJIb-
HO BHITSIHYTBIMU cTeOnsiMu (slender-(popMbl, MM BEJIMKAHbBI), IPOSIBISIIOLINM
KOHCTUTYTMBHYIO peakliMIo Ha TUOOepessIMH Jaxe B ero orcyrctBue. K xkakomy
deHoTUIY (KapjJMK WIM BeJIMKaH) IPUBENET MYyTallMs, 3aBUCUT OT JIOKaJU3alMU
noBpexxaeHus1 (MM u3MeHeHus1) B OenkoBoil Monekyse. ITockonbky DELLA-Gen-
KM — LIEHTPaJIbHOE 3BEHO B CUTHAJIMHIEe TMOOEpeJrHOB U, Oojiee TOro, yepes
9TOT BJIEMEHT OCYILECTBIISIETCS KPOCC-TOJIK CUTHAJIBbHBIX ITyTeil HEKOTOPBIX T'Op-
MOHOB U BHEIIHUX (PakTOpoB (4), CTAHOBUTCS IOHSATHO, YTO POJb MHTErpaTopa
obycnoBneHa cnocoOHocThi0 DELLA-0enKoB yyacTBOBaTh B PasIMYHBIX MEX-
OenkoBbIx B3aumoneiicTBusix. JleiictBurenbHo, B ctpykrype DELLA-OGenkoB 00-
Hapy>k€HO MHOXECTBO (PYHKLMOHAJbHBIX MOTMBOB M YK€ HAKOIUIEH OOJIbILION
00beM MH(popMalMK 0 MapTHepax, YCUJIMBAIOLIUX WM OJOKUPYIOLIMX perpec-
cuBHylo pyHkumio DELLA-6enkos (5, 6).

Llens ob30pa — aHaIU3 MOJEKYJSIPHBIX MEXaHM3MOB JACHCTBMSI ONUCAH-
HBIX U MCIOJb3YeMBbIX B CeleKLMU MyTauuii B reHax, komupyowmmnx DELLA-
Oenku U OeJKU-TIApTHEPHI, KOTOpble PeryJupyloT akTuBHOcTh DELLA, Bnusis
Ha POCTOBYIO peaKLUIO paCTEHUI.

WzBectHo, yto DELLA-Genku nmomasisiioT pocT, a r’MO0epeMH ero ak-
TUBUPYET, MTOCKOJIbKY 3aIlyCKaeT Jerpanaluio 3TUX 0eJIKOB, CHUMas PErpecculo ¢
reHoB pocra (7, 8). Ecniu B pesyiabrare MyTalMu yBeJIUUYMBAETCS CTAOUJIbLHOCTh
DELLA-Genka, To pacTeHMs1 OyayT KapJuMKaMU Jaxke B IIPUCYTCTBUM IMOOepeli-
nuHoB. [loBbiieHHas crabunbHocTh DELLA-OGenka MoxeT OBbITh CBs3aHa C
HapyllleHUEeM CTPYKTYphl B JOMEHaX, 00ecreurBaIOIIMX CBA3bIBAHUE C PELENTO-
pom ruboepeminHa GID1 (Gibberellin Insensitive Dwarf 1) n(uau) ¢ yOMKBATUH-
nporeuH-nurazoii E3 — yuactHukamu nepemaun ['A-curHana (gibberellic acid,
GA), B3aMMOJEHCTBUE ¢ KOTOPHIMU MHIYLIMPYET MPOTEOJIM3-3aBUCUMYIO Jerpa-
mamuio DELLA-GenkoB. B psime pabGoT ImokazaHO, UTO M3MEHEHUSI CTPYKTYPbI
DELLA-GenkoB, NpUBOASIINAE K KAPAMKOBOMY (DEHOTUITY, OOYCIIOBJIEHBI MyTalli-
MU B caenytolyx reHax: D8 (Dwarf plant § n D9 — y xykypysbl (2, 9, 10), Rht
(Reduced height) — y muenuusl (2, 11), DWF2 (Dwarf 2) — y pennl (12), VWGAI
(Vitis vinifera GAI) — y Bunorpana (13) (ta6mn.).

IIpu myTtanusix, BbI3BIBAIOIIMX MOTepro penpeccuBHoi ¢yHKIKM DELLA-
Oenka, pa3BUBAIOTCS pacTeHUsI-BeluKaHbl (slender-copmbl). K Takomy deHOTH-
0y IPUBOOUT IoJHOe OoTKIouYeHue reHa DELLA, NoCKOJIbKY B OTCYTCTBHUE pe-
npeccopa HabmonaeTcss 'A-He3aBUCUMMBII POCT, a TakKe HapylleHUs] B JTOMEHaxX
B3aMMOJECHCTBUS C TPAaHCKPUILIMOHHBIMU (pakTopamu. [TogoOHbIe MyTaluy oOHa-
pyXeHbl B reHax, konupytouux oeiaku SLR1 (Slender rice 1) y puca (14) u SLN1
(Slender 1) y ssumens (15), La u CRY y ropoxa (16), StRGA (Solanum tuberosum
repressor of gal-3) y kaptodeins (17), PRO (Procera) y Tomata (18) (cm. Ta61.). B
HAcTOSIILee BpPEMs, MCIIOJNb3yS METONbl TeHHON WHXEeHEepUH, MOXHO MOomudu-
LIMPOBaTh HYKJICOTUIHYIO MociaenoBaTebHOCTh TeHoB DELLA-GenkoB 1 co3naBaTh
KapJIMKOBbIE, MOJIYyKapJUKOBbIE (POpMbI WM pacTeHus co slender-eHoTuIoMm.

Y apabunoncuca DELLA-Genku Koaupytorcs ngThio reHamu: GAI (Gib-
berellic Acid Insensitive), RGA (Repressor of gal-3), RGLI (RGA-like 1), RGL2
(RGA-like 2) n RGL3 (RGA-like 3) (14-16). Tonabko nBa n3 HUX (GAI n RGA),
MO-BUAMMOMY, YYacCTBYIOT B pelpeccuu pocTa. bejlkoBble MPOAYKTHI 3TUX T€HOB
HMMEIOT BBICOKYIO cTerneHb roMonoruu (82 %). OyHKIMKU OCTAIbHBIX TEHOB B pe-
npeccur 'A-peakuuii pazaiMyaroTcs, HO YaCTUYHO mepekphiBaloTcs (puc. 1, A).
Tax, Bce DELLA-Genku (B Oonblueii crenmeHu RGA) HeraTMBHO peryaupyloT
npopactanue ceMsiH. RGA, RGL2 u RGL1 BoBneueHbl Takke B pa3BUTUE LIBET-
koB (1, 7, 22). Ponb RGL3 B pa3Butuu pacTeHUil MoKa OCTAeTCsI HeBBISICHEHHOIA.
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Hna vccnenoBanusl TpaHcaykKuuu [A-curHana y apabujgorcuca B Kaye-
CTBE MOIEJM YacTO MCIOJb3YIOT KapJIMKOBbIE MYTaHThl gal-3 ¢ HU3KUM COIEp-
xKaHueM ['A. DTu MyTaHTBI OYE€Hb yAOOHBI ISl U3YYEHUSI pOCTa pacTeHUil Oe3
BnusiHus A (cm. puc. 1, B). Tak, MmyTauust gai He U3MEHsJIa BbICOTHI Y KapJu-
KOBOIo (peHOTHUIIa, HeCyllero reH gal-3, Torga Kak rga He3HAUMTEJIbHO YBEJIU-
yyBaja ero poctT. JIBoiiHasg myrauust no reHam GAIl u RGA BoccraHaBivBala
pocT y ¢opMbl gal-3 10 BbICOTHI AMKoro tvna. Myrauuu B 3-5 reHax DELLA-
0eJIKOB MpeBpallain HU3Kopocayo dopmy gal-3 B Benukana (7, 20, 22, 24).

A

VimuHeHne moderop

[Mpopacranue Passurne
ceMsTH t@ TBETKOB

RGL3?

'/&N'—_

T INgar-3 INga1-3 I\ gar-3 IN ga1-3 I\ gar-3

gai-t6 rga-12 gai-t6 gai-16

rga-t2 rga-12

rgll-1

rel2-1

rgi3-4
Puc. 1. ®ynkuun DELLA-GenkoB B peryisiuun [A-3aBHCHMMbIX NPOIECCOB Pa3BUTHS Y apaOHaoNcCuca:
A — vactuyHoe mnepekpbiBanue GyHkuuii DELLA-6enkoB GAI (Gibberellic Acid Insensitive),
RGA (Repressor of gal-3), RGL1 (RGA-like 1), RGL2, RGL3 (23), b — unnykuus ['A-He3aBu-
CHMOTO pOCTa y KapJMKOBOTO MyTaHTa gal-3 c¢ motepeit perpeccuBHoil ¢yHkimu DELLA-Genkos
(7, 22, 24); WT — nukuit tam; gai-t6, rga-t2, rgll-1, rgl2-1, rgl3-3 — MyTtaumu B TeHax, KOIUPYIO-

wux cootserctBytoumie DELLA-Genku.

3a cBs3bIBAHUE C pPa3HbIMU YydyacTHMKaMU ['A-CUrHajguMHra oOTBeYaloT
pasznuunHble yuacTku DELLA-6Genka. [1pu HapyllleHUsIX CTPYKTYphbl B 3TUX caii-
Tax CBSI3bIBAHUSI MOTYT (hOpMUPOBAThsl HEOAMHAKOBBIC 1O BBICOTE (heHOTUIIHI. B
noaunentuaHoi uenu DELLA-GenKoB BbIACSIOT HECKOJBbKO BBICOKOKOHCEP-
BaTuBHbIX JoMeHOB: DELLA, TVHYNP u polySTV Ha N-KOHLIEBOI 4acTu MO-
nexynsl, LR, VHIID, PFYRE u SAW — na C-koHuge (puc. 2, A).

Puc. 2. KoncepBaTnBHbie YYaCTKH MOJIUMENTH]I-

. A
Pewﬁfﬁ;ﬁfw GRAS-niomen Hoii nemu DELLA-Genka (A, uuT. no 29 ¢ us-

[ MEHEHUSIMU) M cXeMa-Moneab Kommiekca GID1
N 6 . s o (Gibberellin Insensitive Dwarf 1)-SLR1(Slender
a BT A x rice 1)-GID2 (Gibberellin Insensitive Dwarf 2)

(B, 1uT. 1o 5).

A: Yuactku DELLA (a), TVHYNP (0),
VHIID (1), PFYRE (k) u SAW (3) Ha3BaHbI 11O
XapakTepHbIM ~ aMUHOKUCJIOTHBIM  TIOC/IEOBa-
TesbHOCTSIM. N-koHueBoi DELLA nmomeH co-
nepxut Asp-Glu-Leu-Leu-Ala (DELLA), poly-
STV (B) — polySer-Thr-Val. LRI (r) u LRII
() — TepBBIil M BTOPOIl YYACTKHU JIEUIIMHOBBIX
noBTopoB; GRAS-moMeH (Ha3BaH MO Hayajlb-
HBIM OyKBamMu O€JIKOB, B KOTOPBIX ObLT BIEp-
Bble obHapyxkeH, — Gibberellic Acid Insensitive,
GAI; Repressor of gal-3, RGA; ScareCRow,
SCR; xapakrepen mist 6ekoB GRAS cemeiicTna)
OXBaThIBAE€T HECKOJIBKO (DYHKIIMOHAIBHBIX YYaCTKOB.

b: Tokazanm yyactku DELLA-Genka puca (SLR1), BoBieueHHBIe B 6€10K-0OCIKOBBIC
B3aumoneiicTBus ¢ peuentopom ['A-curnana (GID1), 6enkom GID2 (yacTh yOMKBUTHH-TIPOTEHH-
nurasel, cogepxainas F-box) u ¢ ¢akropamu tpanckpumnuuu (T®). Toukamu oTMedeHBl 6 cailToB
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(or 1 10 3 aMMHOKCHUJIOTHBIX OCTATKOB B KaXIOM C YKa3aHMEM ITO3MLMK B MEPBUYHOM CTPYKType
0enka), 3aMelleHle B KOTOPBIX NPUBOAWIO K moTepe (PYHKLUUM OOMeHa (CBEpXy BHHU3 IO YaCOBOM
crpenke: HFY315, PYL321, HFT3327, LQ361, G576, DRF490). GGF u LSL — nomenst B GID2,
obecrieynBaloiue B3aumoneiicresue ¢ DELLA-6eakom SLRI.

DELLA-6enkn joxanm3oBaHbl B siape kietku (10, 25, 26). B ux nomm-
MNEeNTUIHBIX LeMsx OblT oOHapyXkeH curHan suepHoit nmokanuzamuu (10, 20).
Haszpanue DELLA-Genku npuoOpenu 13-3a XapakKTepHOM KOHCEPBAaTUBHON aMu-
HokucnoTHoi mocaenoBarebHocTd DELLA (Asp-Glu-Leu-Leu-Ala) B N-KoH-
LeBoil yacTu MoJieKybl. OcHoBHast pyHKLMs goMeHoB DELLA u TVHYNP 3a-
KJIo4aercsl B pacrio3dHaBaHuu ['A-curHana mipu B3aumonelictBuu A ¢ Genkom-
peuentopoM GID1 u 1OMEHOM-KpPBIIIKOI B €ro MOJIEKyje, a TaKKe B CTaOWIM-
zaumuun Komiiekca TA-GID1 (27, 28) (cm. puc. 2, b). Hns pacno3HaBanHust I'A-
CUTrHaJIa BaxkHa JJIMHA, HO HE aMWHOKMCJIOTHAsI MOCJeA0BaTeIbHOCTb y4acTKa Mo-
JITICTITUAHOM LISTIM MeXXIy OByMsl 3TuMu momeHamu (29, 30). M3-3a menenmii wim
mytanuii, uameHsommx crpykrypy DELLA u TVHYNP, Genku Tepsitor crioco6-
HOCTb CBSI3BIBAThCSI C PELIETITOPOM M OCTAIOTCS CTAOMIBLHBIMU, TTOCKOJBKY HE pas-
pyuraiorcst 26S-mpoteacomMoil Kak yacth koMmruiekca DELLA-GIDI, nponoimkast
JICICTBOBATh B KauyecTBEe HeraTUBHBIX peryasitopoB I'A-curHama (31). Myranuu un
neneuuy, 3arparuBatomiue ydyactku DELLA u VHYNP, npuBogst K mJOMUHAHT-
HOMY HEUyBCTBUTEJbHOMY K I'A KapivKoBoMy (beHOTHILY, IIPU KOTOPOM BBICOTY
pacTeHMsl He ymaeTcsl BoccTaHOBUTL obpabotkoii I'A (15, 30, 32). Tak, kapiuko-
Bble MYTaHTBI gai y apadbunonicuca u slri-d1, sirl-d2, slri-d3 y puca xapakrepusy-
torcs nospexaeHueM gomeHa DELLA/TVHYNP u yrparoii criocobHocTH Oeika K
cBs3biBaHuo ¢ GID1 (19, 20). MHTepecHO, YyTO B T'eHOME puca OOHApYXKEHbI JBa
reHa SLRL (SLRI-likel, SLRI-like2), xogupyolye OEIKU, Y KOTOPbIX OTCYTCTBO-
Bal DELLA nomeH. OTH GeJIKM He4yBCTBUTEJbHbI K TMOOEPENIMHY U B €ro Ipu-
CYTCTBUM TpomosrkaloT pernpeccupoBath I'A-curHan (33) (cm. T1a6n.). Ilonarator,
yto SLRL omocpeayer TopMoXeHHe pocTa IOOEroB puca Mpu 3atoruieHuu (34).

MyTanuuu reHoB, BOBJIeYEeHHBIX B peryJsimio ruooepesuiunoBoro (I'A) curHana

Konupyembrii [Motepst pyHk1MM (HapyieHue
0eJIOK CTPYKTYpHBI) OesiKa
Penpeccus TA-curnana ¢ yuactueMm noncemeiictB DELLA-6GenkoB
gai-1 GAI (Gibberellic HeuysctBurenen k I'A, He obpasyercss kom- [A-HeuyBcTBU- Apabunoncuc (19, 22)
Acid Insensitive) 1uiekc TA-GID1-GAI, GAI crabuieH TeJbHbII KapJIuK
(yrpara 17 aMMHOKHMCIIOTHBIX OCTAaTKOB B
DELLA-n1oMeHe n3-3a nei1ennn)
gai-t6  GAIl HeuyscrButenen k I'A, He o6pasyercst koMm- Hopmanbhblit  Apabunoncuc (35)
miekc FA-GID1-RGA, RGA crabuiieH; 1mo- pocT, CHUXKEH-
Tepsi penpeccHBHOIM (pyHKIMHU (yTpara 17 aMu- Hasl YyBCTBH-
HOKMCIIOTHBIX octarkoB B DELLA-noMeHe u3- tenbHOCTh K [A
3a JIeJIeMU ¥ BCTABKA TPAHCITO30HOBOTO 3Jie-
meHTa B C-KoH1eBoit yactu GRAS-nomeHa)
rga-A17 RGA (Repressor HeuyBctButesnen k T'A, He obpasyercsi kom- [A-HeuyBcTBU- Apabumorncuc (22)
of gal-3) miekc FA-GID1-RGA, RGA crabuien TeJbHbII KapJIuK
(Hapyuienne crpyktypbl DELLA-nmomena
M3-3a JeJeIIH)

deHoTHUIT O6bekt | Ccbulka

MyTtaHT

rga-1 RGA HeuyscrButenen k I'A; motepst penpeccuB- Yactuunoe [A-  Apabunoncuc (35)
Holl pyHKumu (yceueH C-KoHell Oenka, HE3aBUCHMOE BOC-
BKJIIOYAIOLIUiA 67 aMUHOKHMCIOTHBIX CTaHOBJICHKE PO-
OCTaTKOB) cTa y KapJIMKOBO-
ro MmyraHTa gal-3
rga-2 RGA IMotepst penipeccuBHoit dhyHKIIMK (Hapyuie- YactuuHoe [A-  Apabunoncuc (20)
HHe B cTpykType nomeHa PFYRE u3-3a 3a- He3aBUCHMOE BOC-
MeHBI Asp47g Ha Asngrg) CTaHOBJICHUE PO-

CTa y KapJIMKOBO-
ro mytaHTa gal-3

rga-28 RGA IMotepst penipeccuBHoilt dhyHKIIMK (Hapyuie- YactuuHoe [A-  Apabunoncuc (22)
(rga-t2) HHMe B CTpyKType moMeHa LRI m3-3a BcTaBKM He3aBUCHMOE BOC-
T-AHK B xomupyroiiyio oonacte RGA) CTaHOBJICHHE PO-

CTa y KapJIMKOBO-
ro MyraHra gal-3

Brrgal-d BrRGA (Brassica DELLA-Genok He pacrnio3Haercs 6enkamu  ['A-HeuyBcTBU- Paric (12)
napus repressor  F-box yOMKBUTUH-NIPOTEUH-JIMTa3bl (Hapy- TeJIbHbIA Kapiauk
of gal-3) mweHue B crpykrype VHIID GRAS-nomeHa)
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sinld

spy

IIpodoaxcenue mabauyp

D8 (Dwarf HeuyscrButenen k I'A, He o6pasyercst koM- [A-HeuyBeTBU-  Kykypysa (2,9, 10)
plant 8) miekc [A-GID1-D8, D8 crabuien (yrpara TeabHBIN Kapiauk
YeThIPeX AMUHOKHMCJIOTHBIX OCTATKOB B
crpyktype DELLA-1oMeHa 1 3aMellieHre
eIMHUYHBIX AMUHOKHCIIOTHBIX OCTaTKOB B
DELLA- u GRAS-nomeHax u3-3a JeJICLUH)
D8 IloBbIIaHHas CTaOMIBHOCTD Oeika B ipu- CHIKeHHbIM po- Kykypysa (32)
CyTCTBUM ruO0epesiiHa (BCTaBKa IOMOJI- CTOBOIA OTBET Ha
HUTETBHOIO AMMHOKHMCIIOTHOTO OCTaTKa TA
Valjg3 B8 TVHYNP nomen)
D9 (Dwarf HeuyscrButenen k I'A, He o6pasyercst koM- [A-HeuyBeTBU-  Kykypysa 9, 10)
plant 9) miekc [A-GID1-D9, D9 crabunen (Hapy- TeIbHBIN Kapiank
mwenne B ctpykrype DELLA- u GRAS-
JIOMEHOB M3-3a 3aMeIleHHs eMUHIIHBIX
aAMUHOKHMCJIOTHBIX OCTaTKOB)
Rht (Reduced HeuyscrButeneH kK I'A, He obpasyercst koM- ['A-HeuyBcTBU- [lieHuna 2, 11)
height) mwiekc [A-GID1-Rht, Rht crabunen (Hapyiiie- TeTbHBINA Kapiauk
Hue B DELLA nomeHe u3-3a aeaenuun)
Benok noxnce- CHukaercst yyBcTBUTEeIbHOCTD DELLA- CHuxeHHbII po- [TonconHeu- (36)
meiictea DELLA 6Genka k ['A (3ameHa Leu Ha Pro B kOHCep- CTOBOIi OTBET Ha HUK
BaTUBHOIM mocnenoBareabHocT DELLA)  TA
CRY (Crypto-  Iloteps penipeccuBHoii dhyHKIIMM (3ameHa [A-HeuyBcTBU- [Opox (16)
dwarf) aMuHOKHMCIoTHOTO octatka Glyjg3 Ha TEJIbHBIN POCT
Glnyg3) (slender-cdopma)
CRY IMotepst penipeccuBHoilt dbyHkuu (yrpata  [A-HeuyBcTBU- [opox (16)
KOHCEpPBATUBHOTO aMUHOKHUCIOTHOTO OCTAT- TEJIbHBIN POCT
Ka B mo3uumu 152 nipu cnBure pamku cuu- (slender-cdopma)
THIBAaHHSI U3-3a [eJICLINN)
LA IMotepst penipeccuBHoit dynkmn DELLA- T['A-neuyBctBu- ['opox (16)
Geska (yTpara KOHCEpBaTUBHOIO aMUHOKMC- TEIbHBIN POCT
notHoro octatka Glngs u3-3a uncepuun)  (slender-dopma)
PRO (Procera) Ilotepst penipeccuBHoit dynkium DELLA- T['A-nHeuyBctBU- Tomar (18)
Genka (HapyuieHue B crpykrype VHIID- TeJbHBIIA POCT
nomeHa Beienctsue yero DELLA-Genok He (slender-gopma)
pacrnio3Haetcs 6enkamu F-box yOMKBUTHH-
MPOTEH H-JINTa3bl)
DWF2 (Dwarf 2) HeuysctButenen K I'A, He o6pasyercst koM- [A-HeuyBcTBU- Pemna (12)
miekc FA-GID1-DWF2, DWF2 crabuieH TelbHbI pocT
(Hapyuienue B ctpykrype DELLA-nomeHa)
St RGA (Solanum Tlotepst penipeccuBHoit dyHkimn DELLA- T['A-neuyBctBu- Kaprodens (17)
tuberosum re- Gesika (HapylIeHUs] B CTPYKTYpe JOMeHa TEeJIbHBIN POCT
pressor of gal-3) LRI) (slender-cdopma)
SLR1 (Slender DELLA-Genok He cuHTe3upyeTcsl (HOH- I'A-HeuyBcTBU- Puc (14)
rice 1) CeHC-MYTallusl) TeJbHBIIA POCT
(slender-cdopma)
SLR1 HeuysctBuTenen Kk I'A, He oOpasyercs kom- ['A-HeuyBcTBU- Puc (37)
miekc ¢ GID1, SLR crabuneH (aMUMHOKUC-  TeJbHBIA KapJuK
JIOTHBIE 3aMeHbI Valgg Ha Metyg B DELLA no-
MeHe Y slrl-d2 win Leugg Ha Phegg u Metjog Ha
Lysjos — B TVHYNP y siri-d3y siri1-d3)
SLR1 HeuyscTButenen Kk I'A, He oOpasyercs cta- ['A-HeuyBcTBU- Puc 5)
omnbHbIM KomIiuieke ¢ GID1 u ¢ GID2, TeJbHbII KapJIuK
SLR crabuieH (HapyllieHue B CTPYKType
nomeHa SAW)
sinl(b, ¢) SLN (Slender 1) [loreps penpeccuBHoit pynkuun DELLA- T'A-neuyBctBu- SumeHb (15)
6enka (yceueH C-TepMUHAIBHBINA KOHEIL TEJbHbIIA pOCT
Oenka) (slender-cdopma))
SLN HeuyscrButenen k I'A, He o6pasyercst koM- [A-HeuyBcTBU- SluMeHDb (15)
miekc [A-GID1-SLN, SLN crabuieH (3a- TeTbHBIN Kapiank
MeHa aMUHOKHCIOTHOrO ocratka Glysq Ha
Gluyg B DELLA nomene)
Penpeccus ITA-curunana,aktuBatop DELLA
SPY (Spindly) He rnukosunupyer DELLA-Genku I'A-neuyBctBU- Puc, apadbu- (38, 39)
(N-aueruirmo- TEJIbHBIN POCT  JIOTICUC

sly

slyl-d

KO3aMHHOTPaHC-
depaza)

slender-copma)

IlTosuTtuBHBIE perynsitTops A-curHaumna

(©0enku F-box yOMUKBUTUH-TIpOTeUH-TUuTa3zHoro komnuaekca E3 SCF)

SLY (Sleepy)

SLY

IMotepst pynkumu pacrioznaBanuss DELLA- ['A-HeuyBcTBU-
6enka (yceueH C-TepMUHANIBHBINA KOHEI[)  TEJIbHBINA KapianK
INosiBneHne CrIOCOOHOCTH PAcIO3HABATh T'A-HeuyBCTBU-
DELLA He3aBUCHMO OT €ro B3aUMOIEHCTBUSI TeJIbHBIM POCT y
¢ 'A-GIDI (3amMeHa aMUHOKHMCIIOTHOTO OCTaT- KapJIMKOBOTO

ka E na K B C-konneBom nomene LSL) MyTaHTa gai

Apabunoricuc (35)

Apabunoricuc (35)
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[Ipodoaxcenue mabauypl

gid2 GID2 (Gibberel- [Norepst dynkuum pacnosHaBanusi DELLA- ['A-neuyBcTBU- Puc (40)
lin Insensitive OernKa (3aMeHa aMMHOKMCIIOTHBIX OCTaTKOB TeJIbHBINM KapiukK
Dwarf 2) B F-box nomeHe)

DELLA-3aBUCHMMBI i HeTaTUBHB U perynsitop A-curHana
(tpaHckpunuuoHHbB 1 dakTop GATATHUMA)

gnl GNL/CGAL1 IMotepst pyHkumm HeratuBHOTO perynsitopa slender-dopma  Apabunoncuc (41)
(GNC-like/Cyto-
kinin-Responsive
GATA factor 1)

gne GNC IMotepst pyHkumu HeratuBHOTO perynsitopa slender-dopma  Apabunoncuc (41)

IlMosutuBHB U perynsartop A-curHana, momaBiasseT akTuBHocTbh DELLA-GenkoB
(tTpaHckpunuuoHHb i dakTop GRASTHUTA)

scl3 SCL3 [Motepst pyHKkumMmu HeratuBHOTO perynsitopa [loBblieHHas Apabunoricuc (42)
(ScareCRow- YyBCTBUTEIBHOCTh
like 3) K MHTMOUTOPY

o6uocunTesa ['A

Jdomen polySTV (polySer-Thr-Val) BbINOJHSIET PEeryasiTOPHYIO POJb.
TpaHcreHHble pacTeHMsT puca, Y KOTophiX B cTpykType DELLA-Genka orcyTcTBO-
Ba polySTV, obumn HuskopocnsiMu (30). B nomene polySTV oGHapyKeHBI ydacT-
KU1 (OCTaTKU cepviHa U TPEOHMHA), 0 KOTOPBIM OCYILECTRISIIOTCSI TTOCTTPAHCISII -
OHHbIe MomuduKaluu 6enka — ¢ochopunupoBaHue U(Uan) N-aleTUINTIOKO3a-
MmuHupoBaHue (5, 29). ITonarator, 4yTo 3TM MOAMMUKAIIMM MOIYT U3MEHUTh IapT-
HEPOB B MeXOEJIKOBBIX B3auMoAeHCcTBUIX M(uan) Jokanuzanuio DELLA-Genkos.
dochopumiposannbie hopMbel DELLA 6bIM MAEHTU(MULIMPOBAHBI Y apaOHUIoIN-
cuca u puca (43-45). Poab ¢ochopunupoBanusi DELLA-6enkoB B ['A-curna-
nuHre obcyxaetcd. IlokazaHo, 4yTo hochopuIrpoBaHUE MOBBIIIANO CTAOUIb-
HocTh Oenka SLRI puca (45), omHako B Apyrvx paboTax He MOJy4eHO YOeauTelb-
HBIX JI0KAa3aTeNbCTB, UTO (pochopuirpoBaHue BiavsgeT Ha crnocobHocTh DELLA
pacrno3HaBaTb ['A-CUTHaJl WIM U3MEHSIET CKOPOCTb Aerpagaluu 3toro Genka (7,
29, 43). Ilpu cKpMHUHTIE HEraTUBHBIX peryiasropoB ['A-curHana y apadumgorncuca
u puca BbigBiaeH Oenok SPY (Spindly), koTopslii okazancsa N-aleTHUITIIOKO3a-
MUHOTpaHcGhepas3ol, KaTaJu3upyolleil MMKO3WINpoBaHUEe OEIKOB IO OCTaTKaM
ceprHa U TpeoHMHa (38, 46). MyTaHTHI spy y pyica U apabUaoICcuca CO CHIDKEH-
Hoil akcripeccueit SPY umenu CUIbHO BBITSIHYTbIE CTEOJM, XapaKTepHble IS
slender-enoruna (39). Ilonarator, ytro SPY, rukoswmupys DELLA-6enxku, 610-
KupyeT ux dochopunpoBaHue. TeM He MeHee, HESICHO, KaKUM oOpa3oM N-alie-
TWINTIOKO3aMUHUPOBaHMUE MOBbIIaeT akTUBHOCTL DELLA-6enkoB (7).

VHIID, LR (neituunoBbie noBrophl), PFYRE 1 SAW — nomeHsl, Haxo-
nsiquecs B C-kKoHueBoi yacty nonunentuaHoil uenu DELLA-6enkoB (cM. puc. 2,
A) 1 oOlMe 7Sl Bcex WICHOB BBICOKOKOHCepBaTUBHOro cemeiictea GRAS, o0b-
eIMHSIOLIETO MHOTHME TPaHCKPpUITLMOHHbBIE (akTophl (T®). CemeiicTBO Ha3BaHO
M0 HavyaJbHBIM OyKBaM O0O3HAYEHMIi1 TIEPBBIX TPeX BhIIEICHHBIX 0elkoB — GAI,
RGA u SCR (ScareCRow) (47, 48). ¥ apabugorncuca BbisIBIeHO 33, y puca —
60 T® ¢ GRAS gomeHoM. DTu GeJIKM BOBJICYEHBI BO MHOTME MPOLIECCH pa3BU-
THS Y CWJIBHO Pa3HSTCS IO HAJIMYWIO IPYIUX (PYHKLIMOHABHBIX JOMEHOB (49).

IMokazaHo, uto accoumanyst N-koHueBbix JomeHoB DELLA u TVHYNP ¢
oenkoMm-peuentopom GID1 — HeobxomuMmoe, HO HE JOCTAaTOUYHOE YCIOBUE AJISI
MOC/IeAYIOIIero 00pa30BaHUsI KOMIUIEKCA ¢ YOMKBUTUH-TIPOTEMH-IMTa30i, MHULIU-
upymouiero nporeoans DELLA-Genka. A¢p¢puHHOCTh K YOUKBUTUH-IIPOTEUH-JTH-
rase E3 Bospactaer Tonbko nocie B3aumonerictBusi GRAS momena DELLA-Genka
¢ GIDI1. Merogamu caiiT-HamnpaBJIEHHOTO MyTareHesa BBISIBJIEHO, UTO B 3TOI ac-
coumanuu ydactBylor C-koHueBast yacte VHIID u momensl PFYRE u SAW (cM.
puc. 2, b) (5). Tak, myrauuu, 3arparuBatoiiie VHIID y panca (Brrgal-d) u SAW
y puca (slrl-d4), ysemuuuBamu ctabuibHocTh DELLA-GenkoB M mpuUBOAWMIN K
KapiaukoBoMy deHorumy (5, 12) (cm. Ttabdma.). N-koHueBast yacts VHIID u yua-
crok LRII DELLA-Genka mpeamnojoXuTeabHO CBI3bIBAIOTCS ¢ OenkoM F-0okca
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YOUKBUTUH-NIPOTeUH-IUTa3Horo komrmuiekca E3 — GID2 y puca wm SLY1
(SLEEPY1) y apabugoricuca, KoTophiii Bei3biBaeT Aerpagaunuio DELLA-Genka
(cM. puc. 2, b). IIpu Hapymenuu ctpykrypbl GID2 (unm SLY1) koMmiekc you-
KBUTUH-TIpoTenH-1urasbl ¢ DELLA-OenkoM He (opMupoBajcsi, CTaOUIbHOCTb
DELLA-Genka yBenuuuBaiach, a pacTeHusl mpuobperanu ¢peHotun I'A-HeuyB-
CTBUTEJIBHBIX KapaukoB (5).

Heneuun B obnactu, koaupyloueii GRAS nomeH, yacto mpuBOAMIN K
notepe penpeccuBHoil pyHkuun DELLA-6GenkoB, uTo Bhlpaxanoch B ['A-He-
3aBUCUMOM pocTe U mnosBaeHum slender-gpenorumna (5, 20). Takum oOpazom,
nMeHHO ¢ GRAS pomeHoM cBsizaHa (yHkiys DELLA-GeIKkoB Kak peryiasiTopoB
Tpanckpunuuu (34). C nomoubio 6mounnoB ooHapyxeHbl DELLA-perynupye-
mble ['A-3aBucumbie reHnl (7, 50). Eciu rud0epeaanHbl aKTUBUPOBAIIM DKC-
npeccuio 3tux reHos, To DELLA — nogaBnsiu. Cpeau Takux reHOB OKa3alucCh
TA200x2 u TA30x1, yyactBytomine B obuocunrese ['A, a takxkxe GIDIa w GIDIb,
OTBETCTBEHHbIE 3a perenuuio I'A. Okcnpeccuio reHoB ['A-aeakTvBalium, Ha000-
pot, uarnoupoBaiu DELLA-6enku n ctumynuposan I'A (16, 42, 50). Eume oxn-
Ha no3utuBHasl MulleHb DELLA — ren XERICO. Ero cBepxakcnpeccust Ipu-
BOJAMJIA K HAKOIUIEHUIO abcuu3oBoit kKuciaoTtel (ABK) — ¢dutoropmoHna, moBbi-
LLIAIOILIETr0 YCTOMYMBOCTh pacTeHUsl K 3acyxe. Takum oOpazom, DELLA-6Genku
CMOCOOCTBYIOT IpolieccaM CUHTe3a M peuenuuu ['A U B TO Xe BpeMsl UHAYLIU-
pytot cunte3 ABK — aHTaronucra ruboepesmHa. benkoBble TpOIYyKThl OCTaJIb-
HbIX TeHoB-MullleHeid DELLA — 3To TpaHCKpUNLIMOHHBIE (haKTOPHI, BKIIIOYAs
oenku bHLH (basic helix-loop-helix), MYB u GATA Tumnos.

MeToaoM MMMYHONpPEeUMIUTAIUM XpOMaTHHA ObLIM BBISIBJIEHBI aCCOLM-
anuu DELLA-GenkoB ¢ NpOMOTOPHBEIMU OOMACTSIMU PEryIupyeMbIX reHoB. Tem
He MeHee, nokasateibcTB Hammuus JIHK-cBsaseiBaromero nomeHa B DELLA-
6enkax He noaydeHo (7, 42, 50). ITo-BuauMOMy, B acCOLIMALIMSIX HA IIPOMOTO-
pax penpeccuBHasa ¢yHkuus DELLA-GenkoB peannsyeTcsl MOCPEeICTBOM MHAK-
TMBALIMM TPAHCKPUMILMUOHHBIX (PAKTOPOB, MMEIOLIMX calT cBa3biBaHusa ¢ JHK
(51) (cm. puc. 2, b). TlonaratoT, 4TO caiiThl, 0OeCIIEUNBaOIIE PENPECCUBHbBIC
cpoiictBa DELLA-GenkoB, pacnpeneneHbl no Bceir oonactu GRAS momeHa, uro
3aTpyIHSET WX BbIsiBIeHUe. KpomMe Toro, MccienoBaHUE PerpecCUBHON (hyHK-
mun DELLA ocnoxHsieTcs HaIMdydeM HeIpSIMOM peryysiiuy, KOoraa MyTaluu B
pa3HbIX YacTsIX reHa, MpUBOAS K KOH(POPMAIMOHHBIM M3MEHEHMSIM OeJika, MO-
IryT MHIMOMPOBaTh WMHAKTUBALIMIO TPAHCKPUIILIMOHHBIX (hakTopoB. IIpu sTOM
00bIYHO coxpaHsieTcsl criocooHocTh DELLA-OGenka cBsizbiBathest ¢ GIDI1. Tak,
in vitro moxkaszaHo, YTO IIpU B3aumomeicTBUM N-KOHIEBBIX nomMeHOB DELLA u
TVHYNP c¢ peuentopom GIDI1 mpoucxoauian KoH(pOpMaLMOHHbIE W3MEHEHMSI
monekyiasl DELLA, B pesynbrate yero B ee C-koHueBoM goMeHe GRAS yrpaun-
BaJlaCchb penpecCUBHasi aKTUBHOCTb, OJHAKO TOSIBISIJIOCh HOBOE CBOMCTBO — CIIO-
COOHOCTB CBsI3bIBaThCS ¢ perentopoM (5). Ilo-BuauMoMy, B MomamepxKaHUU pe-
MPECCUBHON aKTMBHOCTU YYAaCTBYET BCSI CTPYKTypa OeJIKoBOil MoJiekysbl. He-
JIaBHO BbISIBJIEHA POJIb MOTMBA JIeMLIMHOBLIX MoBTOpoB LRI B pemnpeccuu, omo-
cpenoBanHoit DELLA-OGenkom (5). Ilonaraioor, 4ro 3TOT y4acTOK BOBJICUEH B Oe-
JIOK-6enkoBbie B3aumopeiicTBust ¢ T®. INokazano, uto DELLA mMoryt mpsiMo ac-
COLMMPOBATb C HEKOTOPLIMU PEryJsiTopaMu TpaHCKpUIILMKM u3 ceMelictB bHLH,
JAZ (Jasmonic acid ZIM-domain; ZIM — Zinc-finger protein expressed in In-
florescence Meristem) 1 GRAS, B Tom uucie ¢ gpyrumu DELLA-6enkamu. On-
Hako B 3TuX Komiuiekcax ¢ DELLA TpaHCKpUITLIMOHHBIE (haKTOPhI HE aCCOLIMUPO-
BaJli C MPOMOTOPHBIMU OOJACTIMHU, a HA0OOPOT, TEPSUIM CIIOCOOHOCTb CBS3bI-
Batbesd ¢ JIHK. Hekoroprwle ucciegoBareau IojaraloT, 4ro Takoe B3aUMOACH-
ctBUe (retepo- uav romoaumepusanyss DELLA) — ongHO U3 HEOOXOOUMMBIX YCIIO-
Buii nisa ¢opmuposanus komiuiekca 'A-GID1-DELLA u nocnenyrolueii nerpa-
mamy DELLA (5, 7, 29, 52).
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Cxema (puc. 3) omumckiBaer poib DELLA-OGenkoB B TpaHcoykuuu [A-
curHaia. Takke OTMEUYeHBI MyTalliM, KOTOpble M3MEHSIOT CTpykTypy DELLA-
0cJIKa WM APYTUX YYACTHUKOB CUTHAJIBHOIO MYTH, OOYCJIOBJIMBASI KApIUKOBBII
WX BBICOKOPOCJIbIN (DEHOTUIT pacTeHUIA.

A @ @ B MozeKyatst

TA  DELLAGertoxk  DELLA n TVHYNP +IA - TH666§§H;HH3 "
JTOMEHBI m:/ &
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IOMEH s Q\ >

D 1S ®
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®
i; i R,

sirl-d4 — xapiuk \b
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X XORXXX]

gai, vvgai, rht-1,
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Puc. 3. Pois DELLA-GenkoB B TpaHcaykuuu rudoepessmHosoro (I'A) curnana. YepHbiMuU U OelbIMU
TOYKAMM OTMEYEHBI YYaCTKU B CTPYKType OeJIKOB, MOBPEXIEHHbIC BCICICTBUE COOTBETCTBYIOLLIUX
MyTalMii (0003HAaYeHbI KYpCHMBOM), KOTOpbie MPUBOAST K ['A-HEuyBCTBUTEJIbHOMY KapJIMKOBOMY
¢eHoTuny (— Kapiauk) uim K [A-He3aBUCUMOMY POCTYy (—> POCT).

A. B orcyrcTBUe MM Ipy HU3KOM comepxkaHuu ruooepeumHoB DELLA-Genku cBSI3bIBAIOTCS
¢ TpaHCcKpunuuoHHbIME (bakTopamu (T®), mepekproibast nepegady [A-curHana K reHam. [mmkosuanpo-
BaHMe N-aleTwIrTioKo3aMuHoTpaHcdepasoir (SPY, Spindly) B momene polySVT (polySer-Val-Thr),
onokupyst pochopumposanre (O) DELLA-Genka, ycuamMBaeT ero akTMBHOCTb KakK perpeccopa (o3u-
must 1). OmHako gaxe 6e3 'A Bo3MoXKeH He3HAUMTeIbHbIM ['A-He3aBUCHMMBIM POCT 3a CUET YACTUIHOTO
nonasieHus: aktuBHocT DELLA-Genka tpaHcKpunimoHHbBIM peryisitopoM SCL3 (ScareCRow-like 3)
(mosuiust 2). N-momMeHaMM ¢ xapakTepHbiMu mocienoBateabHocTsiMu DELLA u TVHYNP DELLA-
0eJIOK CIoCOOeH CBA3BIBAaThCs ¢ petenTopoM rmodepermmHa GID1 (Gibberellin Insensitive Dwarf 1), Ho
6e3 I'A komrieke GID1-DELLA (nmo3uims 3) HectaOmieH 1 OBICTPO paciiamaeTcsl.

Bb. IIpu peuenuum rubdbepesivHa M 3amycke TpaHcamykKiuu ['A-curHana 6enok GIDI1 ¢
yJacTHeM MOJIeKyJl Boabl cBsi3biBaeT B C-penentopHoM KapmaHe (Ha caiite GXSXG) Moiekyny
rubbepesUiMHa, HaKpbiBas €e HEeMOJISIPHYIO 4YacTb N-KOHLEBBIM JOMEHOM-KPBILIKON, U oOpasyer
koMIuieke [A-GID1 (mo3umus 4). DTOT KOMIUIEKC HeCTaOuieH, HO €ro YCTOMYMBOCTb 3HAUUTEb-
HO Bo3pacTaeT Ipu obpaszoBaHum accoumamnu ¢ DELLA-GenkoM, KOTopoe IpOMCXOOUT B JABE CTa-
nun: N-xoHueBoii DELLA moMmeH atoro 6enka cBsi3biBaeTcs ¢ N-KOHIEBBIM JOMEHOM-KPHIIIKOM
GID1 (mo3uuus 5), a C-konueBoit GRAS (Gibberellic Acid Insensitive, GAI; Repressor of gal-3,
RGA,; ScareCRow, SCR) momen Bzanmogeiictyer ¢ C-uacteio GID1 (mosuuus 6).

B. B cnyyae mHaktuBaumu DELLA-GeIKoB Mo IpoOTeoaM3-3aBUCUMOMY TUITY KoMmiuieke [A-
GIDI1-DELLA ctaHoBuTcs BbhICOKOA((MUHHBIM K YOMKBUTHH-IIPOTEMH-TMTIa3HOMY KoMmiuiekcy E3 u3
rpyribl SCF (SKP-CUL-F-box — S phase Kinase-associated Protein 1, Cullin, 6enok, conepxammii F-
box TOMeH; B cocTaB KoMIuIeKca Takke BxomuT RBX1 — 6enok ¢ Ring finger nomeHnom). benku, nmero-
mure F-box momen, pacnosHaior GRAS momen DELLA-Genka u cBsi3biBaloTCsl ¢ HUM (To3uums 7). B
pesynbrate dhepmeHT E2, accoimupoBaHHbI ¢ KoMIulekcoM E3, mepeHOCHUT yOMKBUTHHOBYIO METKY Ha
DELLA-6emok. DELLA-GenoK, MoMeueHHbId YOMKBUTMHOM, IOABEPTacTCs MPOTEOIN3y (Mo3ULms 8)
B 26S-miporeacome. OcBoGomuBiuumecs: ot pernpeccun DELLA TpaHCKpuNpoOHHBIE (DaKTOPHI Jayice
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nepenaioT ['A-curHan Kk [A-4yBCcTBUTEIBHBIM TeHAM, 3aIlycKasl IIPOrpaMMbI pocTa U MopdoreHe3a.

I'. Tlpu He 3aBUCSILENd OT MPOTEONIM3a MHAKTUBALMK (HAOIIOOACTCSI MPU CBEPXIKCIIPEC-
cun GIDI) DELLA-Genok yrpaunBaeT (PyHKIIMIO perpeccopa yXe Ha 3Tare oOpa3oBaHUsI TPOMTHO-
ro komruiekca FA-GID1-DELLA (no3urus 6).

IMonarator, uro DELLA-GenKu Kak KIIIOYeBble KOMIIOHEHThI TPaHCAYKIIUU
I'A-curHana MOTyT MHTErpUMpOBaTh CUTHAJbHBIC ITyTM TOPMOHOB M BHEIIHUX CTU-
myJsioB (53). AktuBHOCTh DELLA-GenKoB MOXET JiexkaTh B OCHOBe (DeHOTUIIMYE-
CKOM IJIACTUYHOCTU U OOYCJIOBIMBATH HU3KWI POCT pacTeHMi, HaOMoaaeMblii TIpu
CUJIbHOM OCBELICHUM, 3aCyXe, 3aCOJIeHMU, HU3KOW TeMIiepaTrype, OOeMHEeHUN MU-
HepaJbHOIO COCTaBa IMOYB 1 00sie3HSIX. B Monb3y momoOHOM uner CBUAETEIbCTBYET
TOT pakT, yTo cTabunbHOCTh DELLA-GenKoB AeiiCTBUTEILHO YBEIMUUBAETCS IO
JIEICTBUEM CTPeCcCOBBIX (pakTopoB (HU3Kasl TeMriepaTypa, 3acojieHue). DELLA-
OeJIKM TOBBILLIAIM CTPECCOYCTOMYMBOCTD PACTEHMi, ITOCKOJBKY CIIOCOOCTBOBAIU
CHIDKEHMIO CKOPOCTM poCTa M MHAYLUMPOBAIM aKTMBHOCTb AHTUOKUCIUTEIBHOMN
cucteMbl KieTok (4, 7, 54). KpoMe toro, y KapiaukoB, HakaruiBatomyx DELLA-
0eJIKM, TOBBIIIATACh YCTOMYMBOCTD K Pa3IMYHBIM CTpeccopam.

Joxazano yuyactue DELLA-0enKoB B CBETO3aBUCHMMOI pEryjsiiiu po-
cTa pacTeHMA. OTM OeJKM BOBJIEYEHbI B MPOLIECC AEITUOSLIMU MPOPOCTKOB.
ITocpeacTBoM HE3aBUCUMBIX MEXaHHU3MOB OHM OJIOKMPYIOT akTUBHOCTH PIFs
(Phytochrome Interacting Factors) — pemnpeccopoB (pUTOXpOM-3aBUCUMBIX pe-
aKuuii (TpaHcKpunuuoHHble dakTopsl bHLH-TUNA) ¥ CMOCOOCTBYIOT HAKOTILIE-
HUIO TIaBHOTO MHAYKTOpa (poroMopdorenesa HYS (Long Hypocotyl 5) — Td ¢
bZIP (basic region/leucine zipper) momernom (17, 55, 56). Haubosnee momHo u3ydyeH
mexanusm DELLA-3aBucumoit penpeccuu PIFs. benku PIF3, PIF4 u PIF5
oOHapy:keHbl y apabumoricuca M kaprodens. IlpucoeauHssscb K mpoMoTopam,
OHU PEryJupyloT TPAHCKPMIILIMIO TE€HOB POCTa 3TUOJMPOBAHHBLIX IMPOPOCTKOB
(17). Ha cBety npu Hu3KoMm coaepxaHuu ruooepeummHoB DELLA-6enku obpa-
3y10T crabuibHblil Komiuieke ¢ PIF, caswiBasice ¢ nomeHom bHLH. B atom
komruiekce PIFs He crmocoOHBI B3aMMOAEHCTBOBATH C ITPOMOTOPAMM T€HOB-MU-
1eHeit. B teMHoTte npu BeicokoM coaepxaHuu I'A ckopoctb gerpamaimu DELLA-
OeJIKOB BoO3pacTaeT, a ocylecTBiasieMas uMu pernpeccusi PIFs mpekpaiiaercs.
OcpobonuBichk ot DELLA, PIFs accouuupyioT ¢ IpoMOTOpaMu U PEryaupyroT
TpaHckpumnimio. [TpuMepaMy reHOB, TPAHCKPUIILIYS KOTOPBIX HAXOMUTCS MOJ, KOH-
tponeM DELLA u PIF peryasitopoB, moryr ciayxutb GNC (GATA, Nitrate-
Inducible, Carbon-Metabolism Involved) w GNL/CGAI (GNC-like/Cytokinin-
Responsive GATA factorl). x 6enxosbie nponykTel (T® GATA Ttuma, cBs3bIBa-
tomuecs: ¢ GATA nocnenoBareabHOCThIO JTHK) BBIMOMHSIOT pojib penpeccopoB
nepenayu curHaga I'A, BKJIoYasi KOHTPOJIb MpOpacTaHus, YIVIMHEHUs CTeOJIs U
3alBeTaHUsl. MYTaHTBI CO CBEPXMPOAYKIIME 3TUX OeJIKOB ObUIM KapjauKamu, a
mytauusa ¢ notepeit pyHkuun GNC unu GNL/CGA1 npuBoauia K BbICOKOMY
pocty pactenuii (41). ITokazaHo, yto DELLA npsiMo B3auMOAECTBYIOT U C
npyrum 6enkom cemeiictea bHLH — ALC (Alcatraz), orBevaroiuM 3a (pOpMU-
pOBaHUE OTIACIUTEIBHOIO CJIOSI M PacTpeCKMBAaHME CO3PEBILIMX TUIOAOB Y apadu-
noncuca. B aTom B3ammopeiictBuu, kak u B caydae ¢ PIF, DELLA npensr-
ctByeT accoumauuu ALC ¢ mpoMoTopoM U, TaKMM 00pa3oM, OJIOKHMpYET TpaH-
ckpurniuio reHoB (57). B HacTosiee Bpemst 00CyXaaeTcsi BOIIPOC, MOXKET JIM Me-
XaHM3M penpeccuu, npencrapieHHbiii monensmMu DELLA-PIF/ALC, pa6orath B
cllyyae Opyrux TPaHCKPUIILIMOHHBIX (hakTopoB, uMmeromux bHLH gomeHn. Uccne-
JIOBaHHUSI TAKOTO PoJa MOMOIYT BhIIBUTh BoBieueHHOCTh DELLA-GenkoB B pa3-
HooOpa3Hble mpoliecchl oHToreHesa (7).

Hapsany ¢ bHLH-perynaropamu DELLA-Genku cnocoOGHBI BCTymnaTh B
npsMoe B3ammogeiicteue ¢ T® cemeiictB GRAS u JAZ (34). TpaHCKpUMIIIMOH-
el peryasaTop SCL3 (ScareCRow-like3), kak u DELLA, oTHocuTCcs K cemeii-
crBy GRAS-6enkoB, ogHako He umeeT nomeHa DELLA. B3aumoaeiicTByst Mex-
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ny coboit, SCL3 u DELLA BBINOMHSAIOT IPOTUBOMNONOXHEIE poau B ['A-cur-
HanuHre. SCL3 nopasaster akTuBHOCTh DELLA-0elKOB M IO3TOMY MIpaer
pOJIb MO3UTUBHOTO peryisTopa (42). MyTaHTHI slc3 B OOBIUHBIX YCIOBUSIX POCTa
UMeIu (PeHOTUIT AUKOro TUMA, OOHAKO ObUIM Oojiee HU3KOPOCIBIMU MPU BO3-
IEMCTBUU MAKJIO0yTpa3ojla — MHIMOMUTOpa OMocuHTe3a ruooepeinHoB. MHTe-
pecHo, uto akcnpeccus reHa SCL3 aktuBupyercst DELLA-6enkamu. Perynstop
SCL3, xak 1 DELLA, nMeer cBoM TeHBI-MUILIEHM, HO Takxke juiueH JTHK-
CBSI3BIBAIOLIETO JOMEHA U, CJIEeA0BaTeNIbHO, PeTryJupyeT TPAHCKPUIILIMIO Yepes
accoumanuu ¢ apyrumu Td. Bzammopeiicteue SCL3 u DELLA mnporuBomno-
JIOXXKHBIM 00pa3oM Bausio Ha TpaHckpumimio SCL3- u DELLA-3aBucuUMBIX Te-
HOB — KakK y4acTBYIOIIMX B peakuusax Ha ['A, Tak U BOBJICYEHHBIX B METaOOIM3M
I'A (34). B HepaBHeM cooOlieHun obcyxaanachk poib SCL3 u DELLA B pa3Bu-
TUM KOpHSI, [Ie IO KOHTPOJIEM 3TUX PEIYJISITOPOB OKasamuch apyrue Td cemeii-
ctBa GRAS — SHR (Short-Root) u SCR, orBevaloiue 3a chenuain3aluio
KJeTok aHgonepMbl (58). YcranosneHo, uro DELLA-Genku akTUBUPYIOT Tepe-
Jlayy KacMOHOBOro curHaja. OHUM MNpPsIMO B3aMMOICHCTBYIOT C PacTBOPUMBIM
6enkoM JAZ1, KIIIOYEBBIM PENpecCcOpPOM >KACMOHOBOIO CHUTHaja, U OJOKMPYIOT
€ro CrocoOHOCTb MHITMOMPOBATh aKTUBHOCTb CBSI3AHHOTO C MPOMOTOPOM OeKa
MYC2 — T® ¢ momenom bHLH/LZ (basic helix-loop-helix/leucine zipper); ce-
MeMCTBO Ha3BaHO Mo TeHy v-MYC (OHKOreH BUPYCHOTO MHUEJOLMTOMATo3a) —
[JIABHOTO aKTMBATOPa TPAHCKPUIIIUHU XKaCMOHAT-UHAYLIMPYeMbIX TeHOB (59, 60).

M3-3a crnocoOGHOCTH B3aMMOAEMCTBOBATh CO MHOTMMM DJIEMEHTAMU ApY-
rux curHajabHbix TyTeii DELLA-Genku okasbIBaloTCSI HE TOJBKO 4acTblo ['A-
CUTHAJIMHTA, HO W LIEHTPaJbHBIM MHTEPraTOPOM CUTHAJIbHBIX ITyTE€ll MHOI'MX TOp-
MOHOB U BHEILIHUX CTUMYJIOB. B cBsi3u ¢ atumMm, no MHeHuo X.-H. Gao c coaBr.
(53), DELLA-Genku criocoOHBI aganTUPOBaTh POCTOBYIO pEeaKLMIO PAaCTEHUI B
3aBMCHMMOCTU OT YCJIOBMI OKpYXKAIOILIEH Cpebl.

HTtak, HacneacTBeHHbIE M3MEHEHUs, OIpenessIioniue BhICOTY PacTeHUM
U TIPEACTABJSIONIME UHTEPEC ISl CEeJIEKLIMU, MOTYT ObITh BbI3BaHbI MYyTallMsSIMU
T€HOB, BOBJICUEHHBIX B CJOXHYIO PETYJISLUIO KIETOYHOIO MeTaboJu3Ma Ha MO-
JIEKYJIIPHOM, TOPMOHAJIbHOM, SMUTEHETUYECKOM M TPAHCKPHUIILIMOHHOM YpPOB-
Hsx. Cpeau MpUYMH, NPUBOISIIMX K HU3KOPOCIOMY (DEHOTUITY, CEJIEKIIMOHEPhI
0c000 BBIACJSIOT U3MEHEHUS B PEryJslyyd aKTMBHOCTM TMOOepeliMHa, oOliue
IJIST pa3HbIX BUIOB pacTeHMil. Hambosee KM3HECTTOCOOHBIMM, TUIACTUYHBIMU M
MEePCIEeKTUBHBIMU ISl CEJCKIMU IIPEACTaBISIOTCS T€HOTHUIIBI C MYTalUSIMM IO
DELLA-Genkam — pemnpeccopaM ruo6epe/IMHOBOTO curHajia. C aTUMM MyTallu-
SIMA YaCTO CBS3aH KeJJAeMbIN KapJMKOBBI (PeHOTHUII, HO TakKe BO3MOXHO I1O-
apieHue slender-dopm. Poct pacteHMii 06paTHO KOppeaupyeT ¢ YyCTOMYMBOCTBIO
DELLA-Genka x gerpagaunu B npucyrctBuu ['A. DELLA-Genku oGHapyXuBa-
I0TCS B sipe KJIeTOK. B MX CTpyKType BBISIBIEHO MHOTO BbICOKOKOHCEPBAaTHMBHBIX
Y4acTKOB, KOTOpbI€ BOBJICUEHHI B 0OeloK-0enaKoBble B3auMopeiictBusi. DELLA-
6enku He umerorT JHK-cBs3biBamllero goMeHa M PeryjupyloT TPacCKPUIILIMIO
'A-4yBCTBUTEIILHBIX T€HOB, OJIOKMPYSI aKTUBHOCTb TM, BCIeACTBUE Yero pocCT 3a-
memsiercst. [ mbbepennuy, nHayLupys aerpagaiuio DELLA-GenkoB uepe3 oopa3o-
BaHME CJIOKHOIO KOMIUIEKCa, obecrieuuBaroiiero nporeonus, cHumaer DELLA-
3aBUCHMYIO perpeccuio T® M akTUBHpYeT pocT. MyTaluu, Hapyllaloline 00-
pa3oBaHUE 3TOTO KOMILIEKCa, MOBbIIAIT cTabuiabHocTh DELLA-Genka, npu-
BOJs K HU3KOPOCJIOMY (peHOTMMy. MyTalluM MOTYT 3aTparuBaTh CTPYKTYPY Kak
camoro DELLA-Genka, Tak W Ipyrux yyacTHUKOB Tiepenaun ['A-curHama — pe-
uentopa GID1 u 6enkoB F-box yOMKBUTUH-NIPOTEMH-IUTra3bl. MyTauuu, B pe-
3yabTaTe KoTopbix penpeccuBHas ¢dyHkuuss DELLA-Genka nogasisercsl, mo-
BUIMMoOMYy, 3aTtparuBaloT GRAS nomeH. OTKpPBITBIM OCTaeTCsl BOIIPOC O BJIMsI-
HUY TIOCTTPAHCISILIMOHHBIX Moaudukaimii (bochopuampoBaHs, IMKO3WIUPO-
BaHMs1) Ha cTaOmibHOCTL DELLA-GenKoB M X B3aUMOAECUCTBUSI C APYTUMU Oes-
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Kamu. OtuM Moaudukauusam noasepraercss polySTV nmomeH. Bopiekasick B
CIIOXHBIE Oeltok-0enkoBble B3anmoneicTBusx, DELLA-Oenku He TONBKO y4acT-
BYIOT B TpaHCAYKLUMU ['’A-CHUrHajgoB, HO, KaK OJHO M3 LICHTPAJIbHBIX 3BEHLEB B
CUTHAQJIMHTE BHYTPEHHUX (FTOPMOHAJIBHBIX) M BHEIIHUX (OMOTUYECKUX U aOUOTU-
yeckux) (pakTopoB B Mpolieccax pocTa U pa3BUTUSI, TAKXKe BBIMOIHSIOT POJb UH-
Terpatopa curHajauHra. MmMenHo aktuBHOCTh DELLA-GenKoB MOXET jexXaTb B
OCHOBE (DEHOTUITMYECKON IJIACTUYHOCTU M OOYCJIOBIMBAThH 3aMEMJIEHHBI POCT
pacTeHuii, HabJtoJaeMblil MPU HEOJArOMPUSITHBIX YCIOBUSIX.

Aemopbl gvipadcarom 61a200apHOCMb cmapuiemy HAy4HOMY COMpPYOHUKY Kagedpul
@usuonoeuu u ouoxumuu pacmenuii CII6TY, kanoudamy ouonroeuveckux nayk O.B. Taunke-
JIOH 3G YMeHUe PYKORUCU U COeNaHHble 3aMe4aHUS.
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Abstract

The wheat gene Rht (Reduced height) which predeterminated the success of «Green revolu-
tion» and has been employed in creation of plant varieties with reduced stem elongation and resistant to
stem lodging, encodes a protein containing highly conserved DELLA domain (J. Peng et al., 1999).
Many other high-yield dwarf varieties also possess mutations in the genes coding DELLA proteins.
Since the mutations did not affect viability and reproducibility of the plants the usage of the mutations for
advanced plant breeding might be very promising (M. Ueguchi-Tanaka et al., 2007). Along with dwarfism,
some mutations in the genes can lead to an opposite phenotype: to tall plants with spindly stems, the so
called slender forms. What phenotype (dwarf or slender plant) would be developed depends on functionali-
ty of a protein region affected by the mutation. The paper considers in depth structure, posttranslational
modifications, cellular localization and functions of DELLA proteins. The proteins being participants of
complex protein-protein interactions play a role of repressors in gibberellin (GA) signal transduction. In
the absence/or small concentration of GA DELLA proteins interact with specific transcriptional factor
(TF) targets blocking their DNA binding activity and as a result restrain plant growth. In the presence of
GA stem elongation is activated because this hormone promotes destabilization of DELLA proteins, re-
leasing TF from their repression. Thus, restrained growth of the ##t mutant as well as other naturally oc-
curring dwarf plants is associated with accumulation of DELLA proteins in a result of their high stability.
In turn, enhanced stability of the proteins can be caused by mutations in functionally important domains
of either DELLA proteins or other players of GA signaling such as receptor GID1 and F-box proteins
(GID2 in rice; SLY1 in Arabidopsis) of E3-ubiqutin protein ligase. They all participate in complex protein-
protein interaction which is necessary for DELLA protein degradation via 26S-proteasome pathway
(B.C. Willige et al., 2007; K. Hirano et al., 2010). The paper reviews a role of different functional motifs of
DELLA protein in transduction of GA signal: DELLA, TVHYNP, polySTV on N-terminal part of a mol-
ecule and C-terminal GRAS-domain, containing the motifs LR, VHIID, PFYRE and SAW. DELLA-
proteins possess no DNA-binding site. Most probably their repressive function is associated with GRAS-
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domain via protein-protein interaction of LR region with target TFs (R. Zentella et al., 2007; K. Hirano et
al., 2010). The polySTV domain plays a regulator role. Post-transcriptional modifications in the region
are potentially able to change partners in protein-protein interaction and/or cellular localization of the
DELLA proteins (M. Ueguchi-Tanaka et al., 2005; K. Hirano et al., 2010). A function of DELLA pro-
tein as an integrator of hormone signal ways and external factors is also discussed. In the context the
DELLA proteins are considered as «correctors» of plant growth reaction depending on growth condi-
tions (X.-H. Gao et al., 2011). Thus, the activity of DELLA proteins might underlie the plant pheno-
typic flexibility and promotes restrained plant growth under unfavorable environmental conditions.

Keywords: dwarfism, retard growth, gibberellin signal transduction, DELLA protein, re-
pression function, proteolysis.
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