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MOJIEKYJIIPHBIE OCHOBBI ®OPMUPOBAHUNA KAPJIMKOBOCTHA Y
KYJIBTYPHBIX PACTEHUH. COOBIIIEHUE 1. HAPYIIEHUSA POCTA
N3-3A MYTAIIUY TEHOB METABOJIN3MA U CUTHAJIUHTA
T'MBBEPEJINIMHOB®
(0030p)

T.E. BUWIOBAI, 1.H. PABOBA2Z, I.H. AHUCHUMOBA?

Co3maHue HU3KOPOCHBIX (KapJIMKOBHIX) (POPM 3€PHOBHIX KYJIBTYpP, YCTOWYMBBIX K IOJIETa-
HUIO, TIPUBEJIO K 3HAYMTEFHOMY IOBHILCHUIO ypoxaiHocT B 1960-1970-x roxax u GBUIO OXHOM
W3 TIaBHBIX 3a1a4 «3€JICHOM PEeBOMIOINI», HAMIPABICHHOM Ha MPeoOpa30BaHMUS B CEIILCKOM XO3SIii-
crBe pasBuBaonxcsa crpad (G.S. Khush, 2001). B HacTosimee BpeMs MPU3HAK KAPIMKOBOCTH IIH-
POKO MCIIONB3YeTCs B ceaeKimu. [IoMUMO KOMIAKTHOCTH M YCTOMMMBOCTH K TOJIETAHUIO, Kapii-
koBbIe (opMBI 3¢ dekTUBHEE YTIIIM3UPYIOT IMUTATEIFHBIE BEIECTBA M 0OJiee YCTOMYMBH K 00Je3-
M (K.Y, Kypkues ¢ coasr., 2006). B 3T0if CBI3M B IMOCIEIHME TOABI BO3PACTAET MHTEPEC K U3Y-
YeHUIO (HaKTOPOB, MPETONMPENEISIONIX POCT pacTeHuit. [Toka3aHO, YTO MHOTHE HU3KOPOCIEE COP-
Ta, YYACTBOBABIINE B «3CJICHON PEBOMIOLMK», HECIM MYTALIMM B T€HAX, OTBETCTBCHHBIX 3a METa0O-
JIM3M WM Tepenavyy curHaga ¢uroropmona ruooepemmmHa (FA) (M. Ueguchi-Tanaka ¢ coasr.,
2001; T. Sakamoto ¢ coaBT., 2004). ['A BOBIEYECHEI BO MHOTHE 3TaNBl Pa3sBUTHS PACTECHUS, B TOM
YU CIIe MpopacTaHue CeMsH, poct crebneit u xopHei (E. Tanimoto, 2012; P. Hedden, V. Sponsel,
2015). Ogaako M3MEHEHUS Ha PasMYHBIX STanax ['A-3aBUCHMBIX TPOLECCOB MOTYT IPUBOAUTEL KaK
K HU3KOPOCIIOCTH, TaK M K BEICOKOMY POCTY. BEISBICHMIO KITIOUYEBBIX 3BCHBEB, LIEICHANPABICHHBIC
M3MEHEHUS B KOTOPHIX NMPUBEAYT K CO3MAHUIO KEIAEMBIX HHU3KOPOCHBIX (OPM, TOMOXET TOJBKO
YETKOE CXEMATHYHOE IMOHMMAHWE B3aMMOACHCTBUS TEHETUYECKUX W MOJIEKY/SIDHEIX MEXaHMU3MOB,
BOBJICYCHHBIX B 'A-KOHTPOJIb pocTa pacTeHMit. B crathe pacCMOTpEHH! IyTH OMOCHHTE3a M JeaKTH-
Baimu ru00epeymiHOB. OOCYXNAlOTCSI MEXaHU3MBI nojnepxaHusi myna aktuBHbeix ['A. Cpemu u3-
BECTHBIX K HACTOSIIEMY BPEMEHHM MHOTOYMCICHHBIX ['A, MPOAyIMpPyeMBIX PaCTEHUSMU, GHU3HOIO-
THYECKM aKTUBHBI TOMBKO I'Aj, TAj, TAy I'As u TA;. B mpomykimio 5TMX aKTMBHBEIX TMOOepesm-
HOB BOBJIe4eHBI I'Agp-okcumasel u C3,p-okcumassl (um C3,B-THAPOKCHIIA3HI), KATATM3UPYIOIIMAE
TIOCJICHUE PeaKIMK OHOCHHTeTHYECKOTO myTH. C2,B-OKCHIa3ssl — OCHOBHBIE DepMEHTEI, KOTODHIE
MOTYT OBICTPO MHAKTUBUPOBaTh akTUBHBIE ['A mOCpencTBOM I00aBI€HMSI K MOJEKYJIE€ THAPOKCUIb-
Hoit (—OH) rpynmsl. IIpoaHaymM3upoBaHB COBPEMEHHEIE MPEACTAaBICHUS 0 ['A-cHTHAIMHTE, B KO-
TOPBIf BOBJIEYEHHI perentop ruobepeumuoB GID1, HeratuBHbie perynasitopel [A-curHanmmHTa
DELLA-Genku, SCF E3-yOMKBHTHH-IPOTEMH-IMIa3a U 26S-nmporeacoMa, TPAaHCKPHUIIIHOHHEIE
tdakropsr ¢ JITHK-cBS3bIBaOIAM JOMEHOM, THOOEpEIMH-peryMpyemMble TeHbl. HakoIuleHHBIe K
HACTOSALIEMY BPEMEHHU JaHHEIC AAIOT OCHOBAHHME NPEAIOJAraTh, YTO B TPAHCAYKIMH TMOGEepeIuIv-
HOBOrO curHajia Moiyekyna ['A mHaymupyer nerpamamio pernpeccopa DELLA uepe3 B3aumoneicr-
pue GID1-DELLA ¢ yOMKBMTHH-NPOTEMH-IMTa3HEIM KoMIUiekcoM E3 SCFSLYL/GID2 (TP, Suyn,
2011). Takum 06pa3oM, HU3KUU POCT MOXET OBITH CBSI3aH C HApyWIeHUSIMU OmocuHTe3a A wm
HakomeHneM penpeccopoB [A-curaamara DELLA-GenkoB, a BEICOKUIT pOCT — C TTOBPEXICHUEM
depmenToB neakrmBatmu I'A wm ¢ motepeit penpeccuBHoit Gynkimmu DELLA-6enkoB (H. Claeys
¢ coasr., 2014). OGcyxnaeTcs yJyacTe TMOOEPEIMHA B CIIOXHOW TOPMOHAIBHOM PETYJISIIAA POCTa
PacTeHMIf, KOTOPOE YacTO PEaTM3yeTCsl MOCPEICTBOM KOHTPONIA penpeccuBHOM ¢ynkimmu DELLA
(P. Achard c coasr., 2003). OcoGoe BHUMaHKME YAEISACTCA XapaKTEPUCTUKE MYTAIlMil T€HOB, MIPUBO-
ISAIMX K U3MEHEHUIO POCTA PACTEHU — KapJIMKOBOCTA WM TUTAHTH3MY.

KittoueBsie cioBa: KapmMKOBOCTh, TOPMOXKEHHUE POCTAa, THOOCPEIUTMHEBI, TPAHCIYKIMSA THO-
Oepe/UTMHOBOTO CUTHAJNA.

IIpusHak KapJIMKOBOCTH (HU3KOPOCJIOCTH) LIMPOKO MCIIOJIb3YETCSI B Ce-
JICKIIUK KYyJIbTYPHBIX pacTeHuil. Huzkopocible (hOpMbl KOMIIAKTHBI, YCTOMYMBHI
K IIOJIETAHWIO, 4YTO JelaeT MX YIOOOHBIMU IS MEXaHW3MPOBAaHHON YOOPKMU.
Kpome Toro, onu sddeKkTrBHEe MCIONB3YIOT ITUTATEIbHBIC BEIIECTBA M 3adac-
Ty 6oJiee YCTOMYMBEI K 00jie3HSIM. OTeUeCTBEHHBIC YUeHbIe BHECIM 3HAYMMBIIA
BKJIaI B pa3pabOTKy IIPOOJIEMBl HCIIOIb30BAHMSI HU3KOPOCIOCTH B CEJICKIIUM

* Pabora mommepxaHa Cankr-IlerepOyprcKMM rocyaapcTBeHHBIM yHUBepcuTeToM (mpoekT No 1-38-233-14) u
Poccuiickum donHmoM dbyHIaMeHTaTbHbIX HccaenoBanmii (mpoekt Ne 14-04-01-624).
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pxu (1), muenunsl (2-4), copro (5), Tputnkane (6), moaconHeynuka (7), mio-
TOBBIX (8) U OApYrUX 3KOHOMUYECKU BaXKHBIX CEIbCKOXO3SIMICTBEHHBIX PACTEHUN.

H.A. BaBwios, ¢popmyaupys B 1920 rony 3aKOH TOMOJIOTUYECKUX PSIAOB
B HACJIEACTBEHHON M3MEHUYMBOCTH, oOpallal BHMMaHHE Ha BO3HMKHOBEHUE
KapJMKOBBIX (pOPM M TMTaHTOB BHYTPU I'€HETUYECKU HE CBSI3aHHBIX CEMEICTB
(Gramineae, Papilionaceae, Urticaceae, Solanaceae, Rosaceae n ap.). Ilpu atom
3aKOHOMEPHO MOBTOPSIOLINECS B pa3HbIX TAKCOHAX HACJIEACTBEHHbIC Bapualuy
paccMaTpuBaIuCh KaK OTpaKeHUe KOHBEPreHLIMH, 3BOJIOLIMU, IapasulebHOMN
M3MEHYMBOCTU WM MuUMMKpuu (9). BriocneacrBuu ¢akTophsl, Mpeaonpeaeisiio-
LIKE POCT PACTeHU, a TaKKe FeHETUYECKUE U MOJIEKYJISIpHbIe MEXaHU3MBbI 3TO-
ro SIBJIEHUS, CTAIM NPEeIMETOM MHOIOYMCJICHHBIX MCCleaoBaHUii. bblio moka-
3aHO, YTO KapJUKOBBIE COpTa Pa3IMYHbIX PACTEHUN HECAW MyTalMud B MIEH-
TUYHBIX reHax. Cpeayd Takux MyTalMi, TPUBOISIIMX K KapJIMKOBOCTH, Haubo-
Jiee IeTajJbHO M3YYeHbl MyTallud T'€HOB OMOCHHTE3a M CUTHAJbHBIX IyTel I'MoO-
OepemuHa. UIMeHHO mpM MX aKTUBHOM McIojib3oBaHuu B 1940-1970-x romax
MPOM30LILIA «3€JIeHasl PEeBOJIIOLMSI», aBTOp KOTOPO — aMepUKAaHCKUN celeK-
uuoHep u ¢uronaronor, HobGenesckuii naypear Hopmann OpuHct bopnoyr
(Norman Ernest Borlaug) (10). «3eneHass peBojioLusl» MPOAEMOHCTPUPOBAIa
HOBbIE BO3MOXHOCTU MCIIOJb30BAaHUSI WM3MEHUMBOCTU XO3SIMCTBEHHO LIEHHBIX
T€HOB B CEJIEKIMM Ha MOBBILLIEHUE YPOXKAMHOCTU KYJbTYpHBIX pacTeHuit (11).

K HacrosiieMy BpeMeHU HaKOIUIEH OOILIMPHBIA MaTepual O TOM, Kak
TreHbl CUHTE3a TMOOEPESIMHOB M TeHbl, BOBJAEYEHHBIC B TPAHCAYKIMIO CUTHaIa
9TOro (UTOropMOHa, PEryJupyloT pocT pacTeHuit. CTajld MOHSITHBI MOJIEKY-
JISIPHO-TEHETUYECKME TPUUMHBI, OOYCJIOBIMBAIOLIME DPa3BUTUE (HEHOTUIIOB C
U3MEHEHHOI pPOCTOBOM peakiveil. B CBsI3M ¢ 3TUM LieJib HACTOSILEro ob63opa
3aKjIroyaiach B 000OOIIEHUM Y CUCTeMaTU3aluy JaHHBIX JUTepaTyphbl, CO30aHUU
CXeMaTUYHOIO MpeacTaBieHUs] 00 y4acTUU r'MOOepe/UIMHOB B Pa3BUTUU KapJiu-
KOBOCTH pacTeHUI U OOBSICHEHUM MOJEKYJISPHONW MPUYMHBI KapJIUKOBBIX MY-
TaHTOB, YK€ TPaIULIMOHHO UCITOJb3yeMbIX B PACTEHUEBOICTBE.

T'u66epennmuubl (I'A; cokpallieHre TPOUCXOAUT OT HauboJiee U3BECTHOTO
rubbepeimHa — THOOepesIoBoii KUCIOTHI, gibberellic acid, GA) — TeTpanuk-
JIMYEeCKUE AUTEPIEeHbI, CIOCOOHbIE MHAYLIMPOBATh CUIbHOE YIUIMHEHUE CTeOnei
(12). Cpeny U3BECTHBIX K HACTOSIILIEMY BpeMEHU MHOTOYMCIeHHbIX ['A, mpomy-
LMPYEMbIX PAaCTeHUAMM, (HU3MOJOTMYECKM aKTUBHBI TONbKO I'Aj, T'Az, TA4
I'As u TA;. AxktuBHble ['’A MOryT OBICTPO MHAKTUBUPOBATLCS OOOABICHUEM K
mouiekyie MetwibHOU (—CHj3), rugpokcunbHoit (—OH) u apyrux ¢yHKIHO-
HaJbHBIX Tpymnn. A BOBJeYeHbl BO MHOTME 3Tallbl pa3BUTHUSI PACTEHMSI, B TOM
Yyyclie B MpopacTaHUe CeMsH, pOCT cTebsiel U KopHel, dopMupoBaHue Jio-
pajbHBIX MEPMCTEM, pa3BUTHE LIBETKA, IJIoga U ceMsH, (poroMopdoreHes u pe-
TYJSILMIO LMPKaAHbIX pUTMOB. Ilpyu HapyllleHMM OMOCUHTE3a U HEOOCTaTKe aK-
TUBHBIX ['’A pa3BMBAIOTCS PACTEHUSI-KAPJAMKU C TEMHO-3€J€HBIMU JIUCTBSIMMU,
WHOIJA C AaHOMAJIMSIMU LIBETCHMSI, MY>KCKOM CTePWIbHOCTBIO U MPOAOJIKUTEb-
HBIM TIEPUOIOM IOKOSI CEMSH, IUISl MHAYKLIMY TIPOPACTaHUsI KOTOPBIX HEPEAKO
HeoOX0AMMO yIajieHre ceMeHHO#N KoxXypsI (13-16).

Cpenu pacTeHUd ¢ M3MEHEHHON pOCTOBOI peakuueill Bbiaeisiior [A-
YyBCTBUTEbHbIE U ['A-HeUyBCTBUTE/IbHbIE MyTaHThI (Ta0i.). K mepBoii rpymme or-
HOCATCS MyTaHThI (KapJIMKU M BeJMKaHbl), (DEHOTUIT KOTOPBIX YYBCTBUTEJICH K BH-
JIIoreHHoMy ypoBHIO T'A. ¥V 2THX pacTeHMi MyTalMM 3aTparuBaloT TeHbl, KOIU-
pytoiue ¢pepMeHThl OMOCHMHTE3a WX JeakTuBauuMu akTUBHBIX ['A. Tlosatomy poct
KapJMKOB MOXHO BOCCTAHOBUTH C MOMOIIBIO 00paboTKU akTuBHBIMU ['A, a Bem-
KaHOB — 3aTOPMO3UTh, MPUMEHUB UHTUOMTOPHI OMocuHTe3a I'A. Y pacTeHuii BTO-
POl rpymnmbl U3MEHEHUST pocTa (KapJMKOBOCTh WM TMTAaHTU3M) MOTYT ObITh CBsI3a-
HbI C HapyllleHUMeM MPOLECCOB PeLeNIMU U TPaHCAYKIMN TMO0epeSUITMHOBOIO CHUT-
Hana Ha [A-uHaylMOenbHble TeHbl. DTa IpyIla B OTIMYME OT NEPBOi XapaKTepu-
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3y€TCAd CHM2KCHHBIM OTBETOM Ha I‘I/I66epeJUII/IH MM HEYYBCTBUTEJ/IBHOCTBIO K HEMY.

W3MeHeHre pOCTOBOM peaKiliyd Y MYTaHTOB 110 TeHaM GHMOCHHTE3a, IcaKTUBAITNA
¥ CUTHAJIMHTA THOOEPEIUTIMHOB

O6bexkT |MyTanust

[Moteps ¢pyHKuIMM (HapylleHUE

®enorun  |CchbUika
CTPYKTYpPBI) OesiKa

Konupyemslii 6enok

Buocuures I'A

Apa6unoricuc gal-3 CPS (ouT-xonamanandoc- brokupoBanue cunresa A Ha stane  [A-uyBcTBU- (16)
T'opox Is ar-cunraza, EC 5.5.1.13) oOpaszoBanusi sHT-Konamwiandocdara TenbHbI Kapauk (17)
Puc osks KS (suT-KaypeH-cuHTa3a, bnokuposanue cunre3a ['A Ha srame ['A-uyBcTBH- (14)
Kykypyza  d5 EC 4.2.3.19) 00pa3oBaHMsI SHT-KaypeHa TeJbHBIN Kapinuk (15)
Puc d3s KO (aHT-KaypeH-okcuma- brnokupoBanue cunre3a ['A Ha srane ['A-uyBcTBH- (13)
T'opox 1h 3a, EC 1.14.13.78) 00pa3oBaHMsI SHT-KAypeHOBON KUCIIOTHI TeJIbHBINM KapiukK (17)
Apadunornicuckaol, kao2 KAO (okcunasza sHT-Kay- brokupoBanue cunresa ['A Ha srane ['A-uyBcTBU- (16)
T'opox na penoBoit kucinorel, EC  obpasoBanust anbaeruna ['Aj, TeIbHbIN Kapnuk (17)
Kykypyza  d3 1.14.13.79); oTHOCUTCS K (18)
SumeHb grd5 rpyme uutP450 88A1 (19)

(CYP88AI1) u3 cemeiictsa

uuroxpoma P450 (CYP)
Puc sdl T'Ayp-okcunaza (FAyg- BrnokupoBanue okucnenusi Coy-rudode- [A-uyBcTBU- (13)

rud0epesInH oKcuaasa, peuinHOB B Cjg-rub0epesMHbL TeJbHbIN KapJIuK

EC 1.14.11.12)
Puc dl§ D18 (Dwarf18) u LE BiokupoBanue ruapokcunipoBaHus [A-4yBCTBH- (13, 20)
Topox le (Length) (ru66epewtnn 3- 1o C3,B-MONT0XEHUIO PH OMOCHHTE-TeIbHbINA Kapiuk (21, 22)

B-okcunaza, EC 1.14.11.15, 3¢ akTUBHBIX THOGEPEIIMHOB

wm C3,B-okcunasa)

HJeakxTuBanuusg akKTuBHBX [A

T'opox sin SLN (Slender) (ru66epen- bnokupoBanue ruapokcunmpoBanus Slender-popma (17, 23)

Puc, apabu- gidl-1
IOTICHC, PAIIC,

JmH 2-B-okcunasa, EC o C2,B-nonoxeHuto npu geaktusa- (FCA-uHIym-
1.14.11.13, um C2.,B- LIMM aKTUBHBIX TMOOEPEIUTMHOB pyeMBbIil pocT)
OKCH1a3a)
Peuenuus T'A
GIDI (Gibberellin Insen- 3amMmeHa aMUHOKHMCIIOT B MOTHBE I'A-neuyBctBU- (20, 24,
sitive Dwarf 1) (Bbicokass GXSXG (He oOpa3yeTcsi KOMIUIEKC TeJlbHbIN Kapiauk 25)

cost cTereHb TOMOJIOTUH C T'A-GID1)
pacTUTEIbHBIMU KapOOKCH -
JI3CTEpa3aMu M3 HalIceMei-
CTBa - U B-TUAPOIA3)
Puc dl Goa (a-cyobenuuuua re- ®yukuusa Go B TA-curnanunre He TMomykapmuk (po- (26, 27)
TeporpumepHoro G-6esi- omnpeneaeHa CTOBasl peaxiusi
ka (I'Tda3za, EC 3.6.5.1) Ha ['A ocnabnena)
T __, dHm-KoNami- swm-  _,  oum- SHm-

nmugocdar @ KaypeH KayPCHOJI KaprHaJ'II)
Atgal, Ps.ls Pslh
Zm.d3, Hv.grd5, _l

Ps.na

TAp- onm-T7- omm-
ATBIEr +—— THIPOKCHKaypeHoBadt— — KaypeHoBas

@ KHCIIOTA KHCTIOTa
FA“O; FA —PFA QFA 97
l Os.sd1
TAs D’:M

T'A3ox lﬂA24. ‘ CHa

TA; ps.je, 0s. d]8

(<>

TAs

snokcu-T'Ay
HO

Puc. 1. Cxema OmocuHTe3a ruO0epeumHOB (28) (¢ usmeneHusimu): ['TAD — repaHuIrepaHuom-
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mudochar, A9 — rubbepenmunubsl; CPS — sHr-xonmamunoudocdar-cunraza, KS — saHr-ka-
ypeH-cuHTaza, KO — sHr-KaypeH-okcunaza, KAO — okcumasa 3HT-KaypeHOBOM KMCIOTHI; 130x —
MOHOOKCHUTeHa3a, TUAPOKCUIUpYIollass ruboepelyioBbiil anbaerun ['Aj; mo monoxenuio C13;
I'A200x, 'A3ox u T'A20x — Tpu Tpymmbl 2-OKCOINIyTapaT-3aBUCUMBIX auokcureHas (I'Ajp-ok-
cunasbl, C3,B-oxkcumasel u C2,B-oxkcunasel); EUI (Elongated Uppermost Internode) — smokcuna-
3a, neaktusupymomas I'A; At.gal, Ps.ls, Ps.lh, Zm.d3, Hv.grd5, Ps.na, Os.sdl, Ps.le, Os.d18 — xap-
JINKOBBIE MYTAHTBI TTO0 COOTBETCTBYIOIIMM TeHaMm. KBamgpaTHOU paMKoOii BbleJIeHbl aKTUBHBIE rMO0e-
PEJUIMHBI, OBaJlaMU OTMEYEHbI (hepMEHThl OMOCUHTE3a U JeaKTHBALIMKM TMOOEPeIMHOB.

HapymeHnus pocta M3-3a MyTaluili reHOB (hepMEeHTOB OMO-
cunte3a ['A. Bce rub6epeiuHbl 00pa3yloTcs M3 OAUTEpIieHa TepaHuJIrepaHu-
onnudocdara (puc. 1), KOTOPbIN TaKXKe CIYKUT IMPEeNIIeCTBEeHHUKOM JJIs1 Kapo-
TUHOWIOB W HEMpeaeJbHOI0 CrupTa (uTojia, BXOIILEro B COCTaB xJopoduia.
BuocuHTe3 rudOepe/VIMHOB HAaYMHAETCSl C LMKIM3ALUW TepaHWITepaHUOJIU-
¢docdara u npoucxogutr B ctpome Iporutactun (29, 30). KoHeyHBI MPOLyKT
LIUKJIU3aUM — TUapo@oOHbIil 9HT-KaypeH. Peakuus ero oOpa3oBaHUsl KaTaau-
3upyetcs SHT-Konanunaudocdar-cunrtazoit (CPS) u sHT-KaypeH-cunrtaszoi (KS).
PacteHnust apabunmoricuca ¢ HOKayTHOM MyTalueil B reHe, komupyioumem CPS
(gal-3), mioxo mpopacTraloT, XapaKTepU3yIOTCsl KapJIMKOBOCTbIO, CJ1ab0pa3BUTOM
KOPHEBOI1 CUCTEMOIi, MO3MHUM ILIBETCHUEM M MYXCKOM CTepuIbHOCTBIO (16, 29,
31-33). KapaukoBslii pocT, HApylLIeHUsT LIBETEHUSI U (DOPMUPOBAHUS CEMSIH Ha-
OJIIoIanvCh U 'y MyTaHTOB TOpoxa, KyKypy3bl U puca, HOKayTHBIX o reHam CPS
u KS, a Takke reHam mocieaylolux 3tanoB omocuHTe3a I'A — sHT-KaypeH-
okcugasbel (KO) u okcupassl sHT-KaypeHoBoit kuciaoThl (KAO) (13, 15, 17).
OOpaboTka TMOOEpe/VIMHOM U €ro IMpeallecCTBEeHHUKaMM BOCCTaHaBJIMBasla
HOPMaJIbHBI (PEHOTUIT pacTeHUii, MOKa3biBas TEM CaMbIM BaXKHYIO POJIb 3THX
¢epMeHTOB B OMOCHUHTE3e rMOOSPENIMHOB.

Crenyouuii atan 6uocruHTe3a I'A 3akiioyaeTcs: B MoCjaen0BaTeIbHOM
OKMCJIEHUM 3ZHT-KaypeHa no anpiaeruaa ['Aj, AByMs MOHOOKCHUIe€Ha3zaMu W3
ceMeiictBa utoxpomoB P450 (cMm. puc. 1): sHT-KaypeH-okcupazoit (KO) u
OKCHIa30i 3HT-KaypeHoBoii kuciothl (KAQO), oTHOcsIIelicss K moaceMeicT-
By CYP88AL. ¥V apabugoncuca KO nokanmu3oBaHa Ha BHeIIHeHl MOBEPXHOCTU
HapyXHoit MeMOpaHbl miactua, a KAO accounupoBaHa ¢ MeMOpaHaMu 3HIO-
IJ1a3MaTU4yeckKoro petukyiayma (16, 19, 29). M3-3a Mmyrauuii, IpUBOASIINX K
notepe aktuBHocTu KAQO, dopMupylorcs Kapiauku y Kykypy3wl d3 (dwarf3),
ssuMeHst grdd (GA-responsive dwarf) u ropoxa na (nana), 4yBCTBUTeNIbHbIE K ['A
(17-19). JanbHeline peakilMyd, HauyMHasl ¢ OKUCIeHUs anpiaeruga ['Ap,, mpo-
HUCXOIAT B LIMTOIUIA3ME M MPUBOAST K 00pa3oBaHUIO pa3lUyHbIX (opMm rudode-
pennuHoB (28-30).

B nponmykuuio akTMBHBIX TMOOEpE/UIMHOB BOBJIEUEHBI PACTBOPMMBIE IU-
OKCHUTI€Ha3bl, UCMOJbL3YIOIIME B KauecTBe cyOocTpaTa 2-okcoriayrapar. OgHa rpym-
nma atux ¢epmeHTroB — ['Ajg-okcumazel (I'A200x), apyras — C3,B-oKkcumasbl
(F'A3ox, umu C3,B-ruapokcuiasbl); nepBble OKUCIIIOT Cy-ruddepesiiuHbl B Cyg-
ruo0epeIMHbI, BTOpbIE KaTaJIM3UPYIOT TUAPOKCUIMpoBaHME Mosekyal ['A mo
C3,B-noJIoXKEHMIO Ha 3aBeplialolleM 3Tare OMOCHMHTETMYEeCKOro mytu. MyrtaH-
Thl pUca C BBIKIIOYEHHBIMU reHamMu [TA30x u 'A20ox ObUIM HU3KOPOCIBIMU
(13, 34). ITonykapauKoBbIii MyTaHT puca sdl (semi-dwarfl), UICTIOIL30BAHHBIN B
«3eJIeHOI peBoMoLUn», Hec Myranuio B reHe IA20ox (13). Hapsny ¢ 6GuocuH-
TeTUYECKUMU (epMeHTaMU B MOAAEPXKAaHMM IyjJda aKTUBHBIX THOOEpESIMHOB
BAXKHYIO POJIb TakKe MIpaeT TPeThsl IpyIla IMOKCUIreHa3, Ha3BaHHas C2,B-0K-
cupazamu (I'A20x). OTu ¢depMeHTHI MepeBOasIT akKTUBHbIe A M MX Tpealect-
BEHHUKOB B HEaKTUBHbIE (DOPMBI IMOCPEACTBOM T'MAPOKCUIMPOBAHUS MOJIEKYJIbI
mo C2,B-monoxeHuto (29, 35, 36). I[Nomumo C2,B-okcumas, B JAeaKTUBALIMIO
rub0epe/JIMHOB Y pacTeHUM puca MOTYT ObITh BOBjIeYeHBI 3mokcupasza EUI
(penorun Elongated Uppermost Internode — yaaMHEeHHbIE BEpXHUE MEXIOY3-
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JMs1) U3 ceMelicTBa MoHooKcureHas P450 (28, 29), a y apabunorncuca — MeTUII-
TpaHcdepassl (GAMT1 u GAMT?2, Gibberellin Methyl Transferases 1, 2) (37).
Takum oGpa3zom, mya akTUBHBIX ['A mommepkuBaeTcs pa3lIMYHBIMUA MEXaHU3-
MaMU, KOTOpbIe C IOMOIIbIO TMPSIMBIX M OOpaTHBIX CBS3EH PEryJupyloT KC-
npeccuio reHoB ouocuHTe3a I'A (I’A20o0x, I'A30x) n katabonusma I'A (IA2ox).
AKTUBHOCTb 3KCIIPECCUM 3TUX I€HOB creuupHyHa MO BPeMEHU U JOKalIu3a-
LIMY, 3aBUCUT OT YCJIOBHUI OCBEILIEHHOCTU, TeMIIEPaTypHOIO peXuMa U Comep-
>XaHusg (puToropMoHoB (29). YpoBeHb 3KCNpecCuy reHOB, BOBJICUYEHHBIX B KOH-
TpOJIb MOCTAEIHUX 3TanoB ouocuHTe3a ['A, HaxoauTcs B 0OpaTHOM KOPPESLIUN
C coaepxXaHMeM aKTUBHBIX TnOOepemmmHoB. Tak, mpu HaxkoruieHun A skc-
npeccust reHoB ['Ayj-oKcrma3 CHMXKaeTcsl, a TeHOB KaTadomuiama ['A — ycuu-
BaeTcs (38-40). Y MyTaHTHBIX KapJUKOBBIX pacTeHuii ropoxa (le) (21, 22) ¢ He-
noctaTkoM I'A u3-3a cHkeHHO# (pyHKimu C3,B-0Kcuma3 perucTpupoBaiy Bbl-
COKYIO TPAaHCKPUMLIMOHHYI0 aKTMBHOCTh reHoB OuocuHte3za I'A (I'A20ox) n
HU3KYI0 — reHoB geaktuBauuu I'A (IA2ox). Y dbopm ropoxa ¢ yIJIMHEHHBI-
MU Tnoberamu, MyTaHTHBIX o SLN (SLENDER), HapylleHUsl 3aTparuBaioT
reH C2,B-okcuaasbl. Y TaKuMX pacTeHUI M3-3a MOAABIECHUS MPOLECCOB AeaKTUBA-
LMK akTUBHbIe ['’A HakaruMBaloTcsl Jaxe Ha (hoHE OYeHb MAajoro KoJuMyecTBa
TpaHCKPUIITOB reHoB ['Ajp-okcumas (23, 29).

Peuenuus I'A u nepenavya curHana. HakorieHHble K HacTosi-
LIeMy BpeMEHM HaHHbIe HAlOT OCHOBaHME IIpearojiaraTb, YTO B PELEINLMIO U
nepenauy curHana I'A BoeneueHnl peuentop rudoepemHoB GID1 (Gibberellin
Insensitive Dwarf 1); 0enku ¢ KoHcepBaTuBHBIM MOTMBOM DELLA — Heratus-
Hele perynsitopbl ['A-curnanunra; SCF (SKP-Cullin-F-box) yOMKBUTUH-TIPOTE-
uH-nuraza E3, KoBajJeHTHO MpUCOEIMHSIONAs YOMKBUTUH K OelIKy-MMIIEHU, U
26S-npoTreacoma; TpaHCKPUITIMOHHBIE (akTophl (TMD), nmeronme JIHK-cBs3bI-
BAIOLIUI JOMEH; rM00epe/UIMH-PEeryIupyeMble TeHBbI.

B nauvane 1990-x romoB ObLJIO BBIABUHYTO IPENNOJOXEHNE O CYILIECTBO-
BaHMM Ha IIasMmaTuuyeckoil MmeMmOpaHe (ITM) peuentopa I'A. T'umote3dy o ToMm,
4TO CBS3bIBAaHHWE MOJIEKYJIbI TmOOepe/iHa peuentopoM IIM — HeoOGxoguMBblid
oTan TpaHcaykKuuu ['A-curHana, MOOTBEPAWIM Pe3yabTaThl 9KCIEPUMEHTOB Ha
MpOTOIIACTaX aJelUpOHOBBIX KJIETOK. B TeueHMe MHOIMX JieT ajeidpOHOBBIN
CJIOi 3ePHOBOK CIIY:KUJI YIOOHON MOIENbIO [ M3YdeHUs Tepeaadyu rudoepen-
JIMHOBOTO curHajga M otBeTHbIX peakuuii (30). Ilpu mpopactanum cemsiH T'A
BBI3bIBAET B KJIETKaX 3TOrO CJIOSI CUMHTE3 o.-aMUWJIa3bl U CEKPELMI0 YKa3aHHOIO U
JIPYTUX TUAPOJIUTUYECKUX (DePMEHTOB B DHAOCHEPM ISl TUIPOJIM3a 3alaCeHHBIX
TaM BELIECTB, KOTOPbIE 3aT€M MCIIOJB3YIOTCS B reTepoTpOHOM IMUTAHUM pa3-
BUBamlIerocs rpopoctka. B skcnmepumeHTax ['A4, cBI3aHHas KOBAJIEHTHO C
rpaHyjaaMu cegapo3bl, BbI3bIBaJIa SKCIPECCUIO T'eHa a.-aMUJIas3bl B MPOTOILIACTAX
aJIepOHOBBIX KJIETOK, JIMIIEHHBIX KJIETOUYHBIX CTeHOK. PasMmep rpaHyn He mo-
3BOJISIT MOJieKylaM ['A MPOHUKHYTh BHYTPb KJETOK, CJIEMOBAaTEIbHO, PELEITLIus
¢uTOoropMoHa AOJDKHA ObLla TMPOMCXOAUTH HA KJIETOUHOW IoBepxHOcTU (41).
T'unoreTnyeckuii peuenTtop ruddepemHa Ha [IM anelipoHOBBIX KJIETOK TaK U
He oOHapyxwiu. TeM He MeHee, ObUIa mpeajioxeHa cxemMa ['A-cUrHaauHra c
yyacTHeM 3TOr0 TMIIOTETUYECKOIO pelienTopa, KOTOPYIO MOCTPOUIU IO aHalo-
TMU C U3BECTHBIM ISl KJIETOK KMBOTHBIX MEXaHM3MOM Ilepenayd rOpMOHAJIbHO-
ro curHajga ot TpancmeMopanHoro peuenropa GPCR-tuna (G-Protein-Coupled
Receptor) k rereporpumepromy G-6enky (I'T®aza, EC 3.6.5.1) (25). Bonpoc o
cyuiectBoBaHuu penentopoB GPCR-Tuma y pacteHuit 10 cUX IMOp HE pelleH
(42). B Hacrosiliee BpeMsl Ha 3Ty poOJib MpeaiaraeTcss HeCKOJbKO TpaHCMEM-
OpaHHBIX OenkoB (27), Torma kak G-0elku oOHapyXeHbl, U UX ydyacTue B ['A-
CUTHAQJIMHTE JEWCTBUTEIbHO MONTBEPXKAAeTcsl 3KCIepMMeHTanbHO. Tak, y puca
myTauus dI (dwarfl) 3aTparuBaeT reH, KOAUMPYIOLIUN a-cyobeauuuiy G-06enka.
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MyTaHThI, Y KOTOPBhIX aKTUBHOCTb Go-0ejika He BBISIBJISUIACh, OKa3aluCh HU3-
KOPOCJIBIMA M XapaKTepH30BaJIUCh OclableHHBIMU oTBeTamMu Ha T'A (26). Tem
He MeHee, OKOHYaTeJlbHO MexaHu3M ydyactus Go-06enka B mepemaye [A-
curHaia eie He onpenaesieH (28, 43, 44). U3BectHO, uTo Ga-6e10K MOIYIMPO-
BaJl (DM3HOJIOTMYECKHUE peaKluM He TOJIbKO I'MO0epeJIMHOBOrO CUTHAJIMHIA, HO
U BO3[EUCTBUE APYIMX TOPMOHOB (OpacCUHOCTEPOUAOB, aOCIIU30BOM KUCIOTHI —
ADBK) 1 BHelIHUX (paKTOpOB (CUHUI CBET, 030H) (43).

I'en GIDI1 (Gibberellin Insensitive Dwarf 1) Obl1 UAEHTU(PULIMPOBAH Y
KapJIMKOBBIX MYTAaHTOB puca, He oTBeuarolux Ha oOpabdotky I'A (24). ITonara-
0T, YTO 3TO €IUHCTBeHHBIN reH peuentopa I'A y puca (44). [TogoOHBIN reH
TakxKe oOHapyXeH y pamnca u cou (45). B3auMocBs3b MexXIy KapJauKOBBLIM (e-
HOTUIIOM pacTeHUsI U MOHMXKEHHOM aKcmpeccueit reHa GIDI y parca npeano-
JIOXKUTEJIbHO OOYCJIOBJIeHA MyTallueil B IIpOMOTOpHOI obiactu (46). B reHome
apabujoricuca BbISIBI€HbI TpU IeHa, ToMonoTuuHblX GIDI, — AtGIDla, At-
GID1b u AtGIDIc. TpoitHOIt MHCEPLIMOHHBIM MYTaHT IO 3TUM IeHaM Xapak-
TepU3yeTCsl SIPKO BBIPAXKEHHOW HU3KOPOCJIOCTbIO M HECIOCOOHOCThIO K pas-
MHoOxXeHuto (47).

PacrBopumsblit 6etok GID1 nokanuzoBaH B siipe U B LuToruiasme (24,
48, 49). Ero C-KOHILIEBOI JOMEH BbICOKOTOMOJIOTMUEH PacTUTEJbHBIM KapOOK-
CHJISCTepa3aM, OTHOCSIIUMCST K HaACeMEMCTBY a- M B-ruapona3. OgHako GID1
He MpOosIBIsIeT aKTUBHOCTHM 3CTepa3 M3-3a 3aMELIEHUST KIIIOUeBOr0 aMWHOKMHC-
JIOTHOTO OcTaTKa B KaTajnuTuyeckoMm lieHTpe (49). GIDI BKitouaeT KOHcepBa-
TUBHBIE 151 KapOokcunacrepas MoTuBbl HGG u GXSXG. IlokazaHa BaxHast
poib GXSXG B peuenuuu 'A. 3amenieHue B 3TOM MOTHUBE OCTaTKa TJIMLIMHA
(G) Ha octatok acnaprata (D) y myraHToB puca gidl-I NpuBOOUT K Pa3BUTHUIO
I'A-HeuyBcTBUTEILHOTO KapaukoBoro (geHorumna (50). HegaBHo Oblia mokaszaHa
Bo3MOXHOCTb accouuanuu GIDIb ¢ miasmarnyeckoili MeMOpaHOI B TKaHSIX
nucTheB apabuponcuca (33), ogHako (yHKLMS OejKa C TaKOW JIOKanu3alluen
IO CUX TIOp He MCCleqoBaHa.

Puc. 2. Cipykrypa TA-GIDI-DELLA kowm-
mwrekca (51); 1 — monekyna ru66epenmiHa (IA),
2 — TOJsIpHBIC TPYIITLI MOJIeKynbl ['A, 3 — mo-
meH DELLA-6Genka, comepalydii KOHCepBa-
TUBHYIO IocienoBatebHOCTh Asp-Glu-Leu-Leu-
Ala (DELLA), 4 — N-KOHIIEBOI TOMEH «KPHIII-

ka» Oenka GID1 (Gibberellin Insensitive Dwarf
1), 5 — peuenrtopHsbIii KapmaH 6enka GIDI.

W3BectHo, yto GID1 cocrout
U3 IBYX pa3HbIX I10 BEJIWYMHE JOME-
HoB. OcHoBHas yacTbh peuentopa (C-
KOHIIEBOI TOMeH) (hopMHUpYyeT KapMaH
(puc. 2, 3, A), B KOTOPOM HaXOAUTCS
caiit cBa3biBaHusl I'A. Btopoii HeGOob-
LIOK JOMEH pacrojiokeH B N-KOHIIe-
Boit yactu 6enka (51). IIpu B3aumo-
neiictBuu ¢ GID1 Monexkyna ruboe-
peJlIMHa OpUEHTUPYETCS HEMOJISIPHON YacThio K BXOAY B KapMaH Oejika, a Io-
JIIpHBIMM TPYIIIaMU CBSI3bIBaeTCS C pelenTtopoM. B aToM mpolecce Takke
MpUHUMAIOT ydyactue npumepHo 10 mosexkyn Boabl. BzaumoneiictBue ¢ I'A us-
MeHsieT KoHpopmanuio 6enka GID1: N-koHILEBOil JOMEH, MOJOOHO KPBILIKE,
3axJI0MnbIBaeT pelenTopHblii kKapMaH. GID1 cBsg3bIBaeT TOJIbKO aKTUBHBIE TMO-
OepeuHbl, npudyeM ero adpduHHocTh K ['A4 B 20 pa3 Bhime, yeM K [As.
Kommnekc '’A-GID1 HecTabuieH, oH ObICTPO AUCCOLMUPYET U 3aTeM o0Opa3y-
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ercst BHOBb (50). Korma stor Komiuiekc cgopMupoBaH, ero ap@UHHOCTb K
DELLA-GenkaM cuIbHO YyBeauWuuBaeTcsa. B cBoio odepenb, B3auMMOIEHCTBUE
komiuiekca ¢ DELLA 3HauuTesbHO MOBBIIIAET CTaOWIBHOCTD cBs3biBaHus1 GID1
¢ T'A. Tlokazano, uro B npucyrctBuu DELLA-GelKOB CKOpOCTh AvCCOLMALIU
I'A ot GID1 cHuxaetcs (50).

A b Ub.
DELLA SCF yOMKBUTHH-

IIPOTENH-

JIUTa3HBIH

KOMILIEKC
TpaHCKPHUIIITHOH- TA
HBHIH dakTop

26S-1poTeacoma

00 *
@"f”-
Ub o0

ITerrTrab

aYavavaya r

TpaHCKPHIIITNS TeHA

TpaHCKpHIIIUA TeHa
GID1 3a0I0KMpoBaHa pa36IoKMpoBaHa

Puc. 3. Monemp peuenumu u TpaHcaykuuu rudbepemmmaoBoro ('A) curaama (52): A — peuern-
Top GID1 (Gibberellin Insensitive Dwarf 1) He cBg3aH ¢ MoyeKyJoii Tnb6epenHa; b — TpaHc-
nykimsi [A-curHana B pesyibTaTe B3aMMOIEHCTBUSI MOJIEKYJIbl TMOOEpe/IMHA C PEeLeNnTOpOM
GIDI1; DELLA — Genok ¢ IOMEHOM, ComepXKallliM KOHCEPBATUBHYIO ITOCIEIOBATEILHOCTh ASp-
Glu-Leu-Leu-Ala (DELLA), SCF — y6ukButuH-tipoterH-nuraza E3 u3 rpynmel SCF (cokpaiie-
HUE MPOUCXOAUT OT Ha3BaHUi Tpex cyobenuHull komruiekca: SKP, Cullin u F-box), Ub — y6uk-
BuTuHOBasl Mmetka Ha DELLA-Genke.

IIpu B3aumoneiicteun 'A-GID1 ¢ DELLA-GenkoMm dopmupyeTcst Tpoii-
Hoit komiiekc 'A-GIDI1-DELLA. B 3tom kommuiekce DELLA-6enok N-KoH-
LIEBBIMU JOMEHaMU, COAEpXKalllMMU KOHCEpPBAaTUBHBIE IOCJIEI0BATEIbHOCTH
DELLA n TVHYNP, cBssbiBaeTcst ¢ «KpbIlKoi» 6enka GIDI1. C-koHieBoit
nomeH DELLA-6Genka, usBectHblii Kak GRAS (Ha3BaH mo HayalabHBIM OyKBam
obo3HaueHuit 0enkoB Gibberellic Acid Insensitive, GAI; Repressor of GAI-3,
RGA; ScareCRow, SCR, B KOTOpbIX BIIEpBbIE€ ObL1 OOHApyKEeH 3TOT JAOMEH)
(53), BzaumogeiictByeT ¢ KapmaHom Oenka GIDI1, ¢ukcupys monekyny rudoe-
pemnuHa BHYTpU Komiuiekca (45). ChopmupoBaHHbiil KoMiuieke I'A-GID1-
DELLA pacno3Haetcsi yOMKBUTUH-TpoTenH-nurasoir E3 SCFSLY1/GID2 (47)
(cMm. puc. 3, b). B aToM omosHaBaHUM BaXXHYIO pOJb WUrpaeT coaepxaiuas F-
box pomeHn cyobenuuuna naurasel — SLY1 (SLEEPY1) y apabunoncuca uiu
GID2 (Gibberellin Insensitive Dwarf 2) y puca. Bt 6enku BbicokoadGUHHBI K
I'A-GIDI1-DELLA kxoMIuIekCcy YU UHAYLIUPYIOT B3aUMOIEICTBUE ¢ HUM YOUKBU-
TUH-TIPOTEMH-JINTa3bl, KOTOPOE najiee MPUBOAUT K YOMKBUTUHU3ALUMU U TOCTE-
nmyronieir gerpagaunu DELLA-Genka B 26S-tipoteacome (cM. puc. 3) (47, 52,
54, 55). HTepecHO, UTO HEOOXOAUMBLIM YCIOBHUEM [JIsI YOMKBUTHUHU3ALUU
DELLA-Genka cnyxur ero B3aumocBsidb ¢ GID1, comepxaiium I'A BHyTpU pe-
uenropHoro kapmana. Ilokazano, yuro DELLA Takke MOXeT CBS3bIBAThCS C
GIDI1 6e3 T'A, HO Takoe B3aMMOIEICTBUE HE MOBBLIIIACT ero adp¢GUHHOCTU K
6enkam F-box yoOukBuTUH-TIpOoTenH-IMTa3bl (33, 56).

DELLA 6enku nomasisiioT THOOEPEJIMHOBBINA OTBET, MOCKOJIBKY CHIKA-
10T aKcnpeccrio ['A-3aBUcuMBbIX reHoB. Jlerpamaius 3TUX O€JIKOB CHMMAET MX
WHTUOMpYIolliee BAUSIHME, Ofarogapsi yeMy WHULIMUPYETCS DKCIPECCUs T'€HOB,
perynupyeMbix I'A (56-58), TIpOIyKTHl KOTOPBIX CIYKAT CUTHajIaMK K [A-wHay-
LIMPOBAHHOMY POCTY pacTeHus U ApyruM ['A-3aBHUCHMBIM OTBETaM, TaKMM KakK
MpopacTaHue ceMsiH, LBeTeHHe. OmMHAKO [UISl NOJABICHUs PenpecCUBHOM (DyHK-
uuu DELLA He Bcerma TpeOyeTcst ero merpagauusi. He 3aBucsiuii oT mporeo-
mu3a tan uHaktuBauuu DELLA HaGmiogaeTcss nmpu B3aUMOAECHCTBUU B KOM-
mrekce A-GID1-DELLA u cBepxakcrnipeccun GIDI (40, 49, 59).

benku, comepxamue F-box. IIpu TpaHcaykuuu rubOepeIMHO-
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Boro curHaja I'A mHoyuupyet gerpagauuio perpeccopa DELLA depe3 B3aumo-
neiicteue GID1-DELLA ¢ yOMKBUTMH-IPOTEMH-TUra3HbIM KomiuiekcoM E3
SCFSLY1/GID2  Bpeppple yuacTue 3TOif YOMKBUTMHIMTA3bl B [A-CUTHAIMHIE
ObLIO OOHaApYXXEHO y MYTAHTOB puca gid2-1 u apabunoncuca slyl-10, uMerommx
KapJIMKOBBINA (DEHOTUII, HEUYBCTBUTEBHBINA K 00paboTke I'A. Y 3TuUX MyTaHTOB
TakxXKe OTMeuasloch HeoObIYHO BbicOKoe comepxkaHue DELLA Oenkos (54, 55,
60). I'enwr SLYI (Sleepy) n GIDZ2 (Gibberellin Insensitive Dwarf 2) oka3aanich
MO3UTUBHBIMU peryasTopamu ['A-curHana. OHM KoaMpyloT OesKu, comepxkaliye
KOHCepBaTUBHBIN n1oMeH — F-box (okojo 60 aMUHOKMCIOTHEIX OCTATKOB), KO-
TOpbIi HeoOxoaum ast B3aumopelicteust ¢ DELLA u ero mocieayonieii aerpa-
Jauuu. MyTtauuu, OpuBOAsiIUe K MoTepe penpeccuBHoit ¢yHkiuu DELLA
0eJIKOB, YaCTUYHO BOCCTaHABJIMBAJIU POCT Y pacTeHMil gid2 v slyl, monTBepxnas
TakKMM 00pa3oM MPEAIOJIOXEHUE O TOM, YTO KapJIMKOBOCTb Y MYTAaHTOB Oblia
BeI3BaHa HakoruieHueM DELLA (54, 55).

SLY1 u GID2, B cTpyKkType KOTOpbIX UMeeTcsl F-box, Bxomar B cocraB
YOUKBUTHUH-TIpOTeUH-TUrazHoro Komiiekca E3 SCF-tuna, ocHoBHast (pyHKLIMS
KOTOPOTO 3aKJIIoyaeTcsl B U30MpaTeIbHOM MEYeHMU OeJIKOB YOMKBUTMHOM IS
X Tocienyromnein gerpaganyuyu B npoteacome (60). Hassanme rpynmbel SCF, k
KOTOpPOI OTHOCUTCS 3Ta YOMKBUTMHJIMIA3a, MPOUCXOOIUT OT O0OO3HAUYeHUI Oen-
KOB, BXOISILMX B COCTaB 3TOro CJOXHOro OenkoBoro kKomiuiekca: SKP1 (S
phase Kinase-associated Protein 1), CUL1 (Cullin) u 6enok, umerowmuii F-box
momeH (61). bermok ¢ F-box oTrBeyaer 3a pacnosHaBaHWe MUIeHU. B reHOMe
apabumoricrca BBISIBIeHO 694 reHa OelKOB, MMEIOLIMX 3TOT AOMeH. Ilo-Bumu-
MOMY, OeJIKW, coiepxallue B CTpykKType F-box, cocTaBisiioT OmHO M3 CaMbIX
GONBIINX OETKOBBIX CEMENCTB y pacteHuit (61).

N-koH1eBoit yacThio (uepe3 F-box) Genku SLY1 unu GID2 cBs3biBa-
1orcsa ¢ SKP1, a C-tepMUHaIbHBIM JOMEHOM, BKJIIOYAIOIIMM BbICOKOKOHCEpBa-
tuBHble nocneaoBarenbHocTy GGF u LSL, — ¢ mumensio (DELLA-Genkom)
(60). Y puca KapauKOBble MyTaHTHI gid2 HeCIU AENIEINIO B 00JIaCTH, KOAUPYIO-
et gomeH F-box, a MyTtaHThl apabugoricuca slyl-2 n slyl-10 nmenn yceyeH-
Hble ¢ C-koHua 6enku SLY. M3-3a 3TuxX NOBpeXIeHUil OeJKU yTpauyuBaau CIO-
cobHocTth accouuupoBaTh ¢ DELLA-6enkoM (54, 55).

Y DELLA-6GenkoB Bo B3auMojeiicTBue ¢ F-box-0e1kamMu BOBJIEYEHO
nBa yyactka momeHa GRAS, onuMH M3 KOTOPBIX MMeeT KOHCEpBaTUBHYIO MOCIIe-
noBarenbHOCTh VHIID, a BTOpoif cOAEpXWUT cepuio JECHMIIMHOBBIX MHOBTOPOB
(LR) (45, 56). Takum obGpa3oM, B pe3yiabrare pacno3HaBaHust F-box-6eilkom
CBOE MMILIEHU B OMMCAHHOM cllyyae obOpasyeTcs TpoliHoi komruiekc GID1-
DELLA-SLY1. WUntepecHo, uro y MyTaHTa slyl-d u3-3a 3aMelleHUs] OCTaTKa
rnyramuHoBoit kucnotel (E138) Ha nusun (K138) B GRAS momene SLY npu-
obpeTan crnocoOHOCTh accouuupoBaTh ¢ 6enkoM DELLA ¢ ero mociaemyrolym
MPOTEOJIM30M HE3aBUCUMO OT Hanmuuusg komruiekca [A-GIDI1. Dty myraHThI
MPEBOCXOJMNIN PACTeHUSI-KAPJIUKU gai 1o BhicoTe (54).

BzauMopeiicTBue MexXay TUOOEPENIUMHOBBIM M IPYTUMHU
CUTHaJbHBIMM NYyTAMU. POCT 1 pa3BUTHE paCTUTEJBbHOIO OpraHU3Ma U €ro
ajganraluy K BHELIHMM (pakTopaM HaXoAsATCs ITOA KOHTPOJieM (PUTOrOPMOHOB.
I'm66GepeMHbl BOBIEUEHBI BO MHOTME MPOLIECCHI XKU3HEACSTEIbHOCTU pacTe-
Huii. TeM He MeHee, B OTCYTCTBUE TaKMX TOPMOHOB pa3BUTHUE CTeOJei, TUCTHEB
U KOpHE! He MpeKpallaeTcsi, HO MPpU 3TOM (POPMUPYIOTCS ILIOXO Ipopacraio-
1IKe W HepeHpOAYKTUBHBIC PACTCHUSI-KAPJIUKM C M3MEHEHHOI YYBCTBUTEJIbHO-
CThIO K BHELIHUM YCJIOBUSIM, YTO YKa3blBaeT Ha BKIIOYEHHUE DJIEMEHTOB TpaHC-
nykiuu [A-curHana B CIIOXHYIO CUTHAJIbHYIO CETh, Mepenaroliylo MHbopMa-
LIUIO OT APYTMX FOPMOHOB U BHEIIHMX (haKTOPOB.

ABK (abcuuzoBast kucinora) 1 A — aHTAaroOHUCTHI, KaxKAbIi U3 KOTO-
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PBIX HETaTMBHO PEryaupyeT TPAaHCKPUIILIMIO TeHOB OMocuHTe3a npyroro. Kpome
TOr0, 3TU TOPMOHBI MPOTHMBOIOJOXHO PETYIMPYIOT IKCIIPECCUIO T€HOB, KOTO-
pble B IpoMoTopax omHoBpeMeHHO coxaepxkaT ['A- u ABK-uyBcTBUTENbHBIE
anemMeHTHl (38). M3BecTHO, UTO ayKCUH U ['A CTUMYIUPYIOT POCT KJIETOK U TKa-
Hell pacTeHUil. DTU TOPMOHBI OKa3bIBAIOT MO3UTMBHOE BIMSHUE Ha OMOCHUHTE3
Ipyr Opyra. YaajleHue anuKaJbHON MOYKM mnobera (MIaBHOTO MCTOYHMKA ayK-
CHMHA) BBI3BIBAJIO CHIMKEeHUE coaepxkaHuss ['A y ropoxa, Tomojisgs u Tabaka (62).
Kpome Toro, BbISIBAEHO B3aMMOACHCTBHME CHUTHAJIbHBIX IMyTeil 3TUX FOPMOHOB:
aykcuH criocobctBoBan I'A-omocpenoBaHHoil aerpagpauuu DELLA, a TA ctu-
MYJIMPOBaJI aKTMBHBIA MOJISPHBIA TPAHCIIOPT ayKCUMHA. Y TOMNOJIS MIPU UCCIEI0-
BaHUM TPAHCKPUIILIMOHHBIX Ipoduieil credist oOHapy:KeHO, 4To OKojio 83 %
reHOB, peryaupyembix ['A, Takxke peryJiupoBaiuch ayKCuHoM. K HUM OTHO-
CATCS T€Hbl TPAHCKPUIILMOHHBIX PEryJIsITOPOB ayKCUHOBOTO (Aux/IAA —
auxin/indolyl-3-acetic acid), ru66epemunosoro (DELLA) u 3TuieHOBOTO CUT-
HanuHra (EIN3 — 0Oenok, mogoOHbIii Ethylene Insensitive 3), a Takxke TeHHI,
YbU MPOMYKTHI PETYIMPYIOT pacTsDKeHUE KJIETOYHOM cTeHKU (62). B3aumopmus-
HUE CUTHAJIBHBLIX MyTeil LIUTOKMHMWHA, ayKCMHA M TMOOepeiIMHa XOpOLIO M3Yy-
YeHO B amuKajJbHON MepucTeMme mobera (63). Huskum comepxkanvem I'A 1 BbI-
COKMM — LMTOKMHMHA MOANEPXKMBAIOCHh HeauddepeHIUpOBaHHOE COCTOSIHUE
npoaudepylolnx KIeToK amnekca. Boicokoe HakoruieHue aykcuHa v ['A cmo-
cobcTBOBaNO MU GEPSHLIMPOBKE KIETOK M OMNPEIEIsIO MECTO 3aKJIaIKU JUCTO-
Boro npumopnus. BzaumoneiictBue Mexny I'A, ayKCUHOM U 3TUJIEHOM IOKa3a-
HO Ha npumepe (HOPMUPOBAHUS TMIIOKOTWIBHOIO KPIOUKa Yy 3TUOJMPOBAHHBIX
MPOPOCTKOB apabumporicuca. ['MIOKOTUIBHBIN KPIOUOK 3allMILAeT anuKaJlbHYIO
MepUCTeMy, IoMoTasl TMPOPOCTKY MPOABUTaThCS K MOBEPXHOCTU MOYBbI. OH 00-
pasyeTcs 3a cyeT aCMMMETPUYHOIO POCTa BHYTPEHHEH M HApy>XHOU CTOPOHBI
TUIIOKOTWISI. DTWIEH BMECTe ¢ ayKCMHOM KOHTPOJMPYIOT oOpa3oBaHUe M3ruda
runokoTuiast uyepe3 gerpaganvio DELLA. B To ke Bpems 3TwieH MHAOYLUPYET
3aMeUIeHre pocTa KOpHel y apabuaorncuca, CHUXash SHIOTeHHBbIA ypoBeHb A
yepe3 OJIOKMPOBAHUE IKCIPECCUU T€HOB OMOCUHTE3a, U YBEJIMUYMBAET CTaOWJIb-
HocTh GennkoB DELLA (64).

Takum 00pa3oM, aKTMBHOE MCIIOJIb30BaHUE KAapJIMKOBBIX (POpM Cellb-
CKOXO3SIMCTBEHHBIX PACTEHUIN B CENEKIMOHHBIX Mporpammax B 1940-1970-x ro-
Jlax TOCIYXKWIO MOIUIHBIM CTUMYJIOM ISl MCCICIOBAaHUN Te€HETUYECKUX U (bu-
3MOJIOTUYECKMX MEXaHU3MOB IpU3HaKa HU3KopociaocTu. M3 aHanuza autepaty-
pbl nocnegHux 30 JeT MOXHO 3aKJIIOYUThb, YTO OOJIbIIAas YacTb M3BECTHBIX MY-
TalWii, CBSI3aHHBIX C IMOJYYEHUEM KapJMKOBBIX PACTEHUil, BbI3BaHA Hapylle-
HUSIMU MeTaboau3Ma WM Tepenauyd curHaia ruddbepesuimHa. OgHako M3MEHe-
HUs 3THUX IPOLIECCOB HA PA3IMYHBIX 3Tarax MOIYT MPUBOIMTL K MPOTHMBOINO-
JIOKHBIM MOIMMUKALUIM pOCTa pacTeHUs] — KaK K HU3KOPOCJIOCTH, TaK U K
yaiauHeHMIo ctebis. [lokazaHo, 4TO KapJMKOBOCTh pacTeHU CBs3aHa C HEIOC-
TaTKOM THOOEpe/ZIMHOB H3-3a HapylleHMs] OuocuHTe3a rudoepeminHoB (I'A)
wiu ¢ HakormneHueM DELLA OenkoB (penpeccopbl [A-curHaauHra), a TMraH-
TH3M OOYCJIOBJIEH M30BITKOM T'MOOEpe/JIMHOB M3-3a TMOBpeXAeHUs (HepMEHTOB
neaktuBauuu ['A n(unu) ¢ notepeit penpeccuBHoil ¢yHkuuu DELLA Genkos.
Takoe I'A-ungyuupyemoe nopaBieHue penpeccuBHoit ¢yHkiuu DELLA Ha
CEerONHSIIHUI NeHb MNpeacTaBiseT COO0OH eNMHCTBEHHBIM OXapaKTepU30BaH-
HBII IyTh TpaHCAYKUMU ['A cHMrHaja ¥ XOpollo OOBSICHSIET ydacTue ruododeper-
JIMHOB B CJIOXXHON TOpMOHAJIbHOI peryjisiuy pocta pactreHuil. Tem He MeHee,
BEPOSITHO, CYILECTBYIOT aJIbTepHATUBHbIE MYTU TpaHcaykuuu A curHana (Ha-
npumep, He 3aBucdaimuit oT DELLA-nipoTeonn3a uiM BKIIOYAIOIIWI ydacTHe
G-0enka), pojib KOTOPBIX B KOHTPOJIE POCTa pacTeHuii ele He u3ydyeHa. Kpo-
M€ TOIrO, HEBBISICHEHHBIM OCTAaeTCsl BOIIPOC O TOM, KaK I'MOOepesIMH perysiu-
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pyeT COOTHOIIIEHUE pocTa cTebsieil u KopHeil pacTeHus. M3BecTHO, 4YTO KOPHU
3HAUUTEJIbHO OoJsiee 4yBCTBUTENbHBI K I'A, yeM ctebnu. PocT KopHel aKTUBU-
pyeTcsl HUBKMMU KOHLIEHTpalusaMu ['A, HegoCcTaTOUHBIMU 1JISI UHIYKIIMM POC-
Ta cTtebneit. I HaobopoT, KoHLeHTpauuu ['A, mocTaTouyHbie IJIsI aKTUBALlUU
pacTskeHus: cTeOsieil, TopMO3AT pocT KopHei. Ilonaraior, 4yto, peryaimpys co-
OTHOILIEHWE pocTa cTebjeld W KOpHei, rudbepe/iMH BOBJCUYEH B KOHTPOJb
dopmbl pacteHust (65).

B cenekiimoHHO-TeHETUYECKUX MCCIeI0BaHUSAX KYJIbTYPHBIX pacTeHMI
HeoIMHAKOBasl peakius HU3KOPOCIbIX (opM Ha 0OpabOTKY 3K30T€HHBIM I'MO-
OepeJIZTMHOM TPaAWIIMOHHO MCIIOJB3YEeTCs ISl JOoKa3aTeJabCTBA UX Pas3idyuii 1Mo
JIOKycaM, OIPEIeIISIIONIMM KapjauKoOBbIM ¢eHoTUIl (66). [loHMMaHUE MOJIEKY-
JISIPHBIX MEXaHMU3MOB, O0YCJIOBIMBAIOIIMX BHYTPUBUAOBYIO U3MEHUYUBOCTD KYJb-
TYPHBIX PACTEHUI IO BBICOTE, MO3BOJUT MPOTHO3UPOBATh PE3yJbTaThl CKPEILIU-
BaHMH, MPOBOAUTH LieJeHAIPaBICHHBINA MOAOOP MCXOMHOIO MaTepuaia IJsl Co3-
JIaHUsI COPTOB U MEXJIMHEHMHBIX TMOPUIOB C XXeJlaeMbIM (peHoTUIoM. Tak, mjs
MOJIYYEHMST ONTHMMAJIbHBIX MO BbICOTE (DOPM Y MOICOTHEYHUKA, COBPEMEHHas
CeJIeKLMSI KOTOPOro OPUEHTMPOBAaHA MPEUMYILIECTBEHHO Ha IOJy4YeHHE BbICO-
KOIPOAYKTUBHBIX T'€TEPO3UCHBIX TMOPUAOB, MPENNOYTUTEILHO MCIIOJIb30BaHUE
KapJMKOBBIX JIMHUIM B KauecTBe pomurteeil. B reHeTMuyeckoil KOJUIeKLUU TOA-
conHeyHuka BUP (Bcepoccuiickuii MHCTUTYT TeHETUUECKUX PECYpCOB pacTe-
Huii M. H.U. BaBunoBa) MMEIOTCS KapJMKOBBIE JIMHUU, Y KOTOPBIX IMPU3HAK
HU3KOPOCJOCTU AETEPMUHUPOBAH HeaIeJIbHBIMU TeHaMU W, CJeI0BaTeJIbHO,
OITOCPEIOBAH Pa3INYHBIMKM (PU3HOJIOrO-TeHETUYECKMMU MeXaHu3MaMu (67). Yr-
JIyOJIeHHOEe MCclieaoBaHUue 3TUX (OpM, BbIICHEHHE (HU3UOJIOrO-TeHETUUYEeCKUX
MPUYUH UX YHUKATBHOCTU HEOOXOAUMO ISl MOA00pa MCXOMHOIO CEIEKIIMOHHO-
ro Marepuasna 1 pa3paboTKU pallMOHAIBHBIX CXeM CKpEeLIMBaHUA.

Htak, mokazaHo, 4TO MHOTME HM3KOPOCJbIe COpTa, YYacCTBOBAaBILUME B
«3€JIEHOI pEeBOJIIOLIMW», HECIM MYyTallMM B IeHaxX, OTBETCTBEHHBIX 3a MeTabo-
JIU3M WM mepeaady curHana ¢putoropmoHa ruddepemnia (I'A). A BoBieueHbI
B MpOLIECChl MpopacTaHusl CeMsIH, pocTa crebsieil u KopHeit. Ilpu 3ToM u3me-
HEHMSI Ha pas3IMYHbIX 3Tanax [’A-3aBUCHMBIX MPOLIECCOB MOTYT MPUBOAUTH KaK
K HU3KOPOCJIOCTH, TaK U K TMraHTu3My. Cpelu M3BECTHBIX K HACTOSIILIEMY Bpe-
MEHM MHOTOYMCIIeHHBbIX ['A, mpoayuupyeMmbIX pacTeHMUSIMM, (bU3MOJIOTUYECKU
aktuBHbl T'Aj, TA;, TA4 T'As u T'A;. B ux nponykuuio BoieueHbl ['Agg-
okcunasnl U C3,B-okcunasel (mau C3,B-rumpokcunasbl). C2,B-okcumasbl — OC-
HOBHBIE (PEepPMEHTBI, KOTOpbIE MOIYT OBICTPO MHAKTMBUPOBAaTb akTUBHbIE ['A.
HakoreHHble 3KCIepMMEHTaIbHbIE NaHHbIE NAal0T OCHOBaHMWE IIpearoJaraTh,
YTO B TPaAHCIYKILIUM TMO0epe/UIMHOBOIO CUTrHajia Moiekyjaa I'A mHayuupyer ne-
rpagaumio perpeccopa DELLA uyepe3 B3aumopeiictBue GIDI1-DELLA ¢ y6u-
KBUTUH-IIPOTEUH-JUTasHbIM KoMiuiekcoM E3 SCFSLYV/GID2 Hyskuit poct Mo-
KeT ObITh CBSI3aH C HapylleHUsMM OuocuHTe3a ['A MM HaKOIUIEeHHEM pe-
npeccopoB I'A-curHanuHra — DELLA-6enKoB, a BBICOKHMIA POCT — C MO-
BpexaeHueM (epMeHTOB JHeakTuBaluMu ['A WIM noTepeil pemnpeccUuBHOM
¢y DELLA-6enkoB. ['A-uHayiupyeMoe IMomabieHue perpecCMBHON (DyHK-
miu DELLA Ha cerogHsIIUHUI O€Hb M3BECTHO KAaK €IMHCTBEHHBIN OXapaKTe-
pM30BaHHbINM MyTh TpaHcayKuuu I'A curHana. Tem He MeHee, HeJlb3s1 UCKIIOUUTh
CYLLECTBOBAHUS aIbTePHATUBHBIX IyTeil ['A-cUrHajaMHIa, pojib KOTOPBIX MOKa He
u3ydyeHa. YriyojaeHHOe MCCIeI0BaHUe HU3KO- U BHICOKOPOCBIX (POPM pacTeHUI,
BbISICHEHME (DU3MOJIOTO-TeHETUYECKUX TMPUYMH MX YHUKAJIBHOCTH HEOOXOIMMO
IJ1s1 T10A00pa MCXOAHOIO CEJISKIMOHHOIO Marepuaja U pa3padOTKH palyoHaslb-
HBIX CXEM B LIEJIEBBIX ITPpOrpaMMax CKpeLLMBaHMUIA.

ABTOpBI BBIpaXaroT OJ1arofapHOCTh CTaplieMy HAYIHOMY COTPYAHHKY KapeIpbl
¢usnosoruu u omoxummun pacrernii CaHkT-IleTepOyprckKoro rocynapcTBeHHOIO YHH-
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Abstract

Development of dwarf cereal varieties with improved mechanical stability of stems prevent-
ing their lodging led to significantly increased crop productivity in the 1960-1970s. The creation of
novel high-yielding cultivars was one of the main purposes of the «Green revolution» aimed at the
reorganization of agriculture in developing countries (G.S. Khush, 2001). At the current time the
dwarfism character is of widely use in plant breeding. The dwarf varieties are not only resistant to
lodging but also have higher nutrients-absorbing potential and often are more tolerant to diseases
than traditional cultivars (K.U. Kurkiev et al., 2006). In connection with that the factors that prede-
termine plant growth have become of increasing scientific interest over recent years. Numerous dwarf
cultivars produced during the «Green revolution» possessed mutant genes responsible for metabolism
and transmission of gibberellic (GA) signal (M. Ueguchi-Tanaka et al., 2001; T. Sakamoto et al.,
2004). GAs are involved in control of many stages of plant development, including seed germination,
stem and root elongation (E. Tanimoto, 2012; P. Hedden, V. Sponsel, 2015). However, alternations
at different steps of the GA-dependent processes might lead to different results: to plants with re-
duced height as well as to tall slender plants. Clear understanding the interaction of genetic and mo-
lecular mechanisms will facilitate the revealing of key molecular targets the changes in which would
result in production of the desired dwarf varieties. The paper considers the ways of gibberellins bio-
synthesis, deactivation and how pool of active GAs is maintained. Among numerous known GAs,
produced by plants, only GA|, GA3, GA4, GAs and GA7 are physiologically active. GAyj-oxidases
and C3,B-oxidases (or C3,B-hydroxylases) involved in production of the active gibberellins catalyze
final reactions of gibberellin biosynthesis. C2,B-oxidases are main enzymes that can quickly inactivate
active GAs by adding a hydroxyl group (—OH) to a GA molecule. Modern concept about GA-
signaling is reviewed according to the following established steps: GA receptor GID1; DELLA-
proteins as the negative regulators in GA signaling; SCF E3-ubiqutin protein ligase and 26S protea-
some; transcriptional factors with DNA-binding site; GA-regulated genes. Accumulated up-to-date
data consider that in transmission of gibberellic signal a GA molecule initiates DELLA-protein deg-
radation via interaction of GID1-DELLA complex with E3 SCFSLY!/GID2 (T,-P. Sun, 2011). Thus,
reduced growth in dwarf cultivars can be associated with defects in biosynthesis of the active GAs or
with accumulation of repressors of GA signaling, the DELLA-proteins, while GA-constitutive growth
in tall slender forms might be caused by disturbance in work of GA-deactivation system or lack of
the DELLA repressive function (H. Claeys et al., 2014). The paper also considers ways of participa-
tion of gibberellin in the complex hormone regulation of plant growth which occurs often via control
over the repressive function of DELLA-proteins (P. Achard et al., 2003). A special attention is paid
to characteristics of the genes that lead to altering plant growth, the dwarfism or gigantism.

Keywords: dwarfism, restrained growth, gibberellin signal transduction, receptor GIDI,
DELLA protein, proteolysis.
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