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021510 npucesayeHull aHalizy cyuacHoi rimepamypu 3 npooiemu MoIeKyIAPHO-eeHeMUYHUX MeXaHismie ghomonepio-
ouunoi peaxyii nuenuyi. 062080prOEMbCS PONb HeWj0Oa8Ho 8iokpumux y nuienuyi eevie RR (Response Regulator), mo-
JeKYNAPHA OpeaHi3ayis KOOOBAHUX HUMU OLIKI8, a MAKONC MOLEKYIAPHO-2eHeMUYHI npoyect, wo 00yMoeIoms 3aie-
JHCHICB Yacy YeiminHs nuenuyi 6i0 ocobrusocmeti it pomonepioouunoi peaxyii. [Ipocmediceno 36’5130k Midic eKcnpeci-
€10 RR- ma inwux 2enie nuteHuyi 3 4ymaugicmio yux pociur 0o gpomonepiooy.

Kmiouosi crosa: pomonepioousm, RR - eenu, m sika nuienuys

Beryn. Bionoriuni nporecwu, 1Mo BinOyBarOThCS Y
MIKpPOOPTaHi3MiB, POCIIMH Ta TBapuH 0araTo B 4OMY
3aJIe)KaTh BiJl TaK 3BaHUX IUPKAIHUX ab0 JOOOBHX
PUTMIB, MOJISKYJISIpHI MEXaHI3MU SKUX B JaHUW Yac
THTEHCHBHO BHBYAIOTHCS.

Jyxe BayIMBUM LUPKAAHUM PHTMOM POCIUH €
(doTonepionn3aM — peakiisi pOCIUH Ha TPHUBAIICTh
cBiTIOBOTO AHS ((hoTOIEpiom), BiJg WOTO 3aJEKHThH
TEpMiH ix 3arBiTaHHs. Bigomo, 1o Tak 3BaHi ,,JOB-
TOACHHI” POCIMHHU 3alBiTalOTh 3a JOBTOTPUBAIOrO
CBITJIOBOTO JHS, a ,,KOPOTKOACHHI” — 3a YMOB KOPO-
TKOTO CBITJIOBOTO Tepiofy T0OH, HApEITi iCHYIOTH
TaK 3BaHi ,,HEUTpaIbHI” POCIKHU, SKi 30BCIM HE BH-
SIBIITIOTH 3aJIEKHOCTI Bix ¢otomnepiomy. Bapiabemns-
HIiCTh QOTOMEPIOTUIHOI BIATOBIMI Y PI3HUX POCITHH
3a0es3redye X amanTaiilo IO Pi3HUX YMOB CEpelo-
BHIIIA.

doTomnepiou3M pO3MIBINAIOTh K PEaKIIo JKH-
BUX OpraHi3MiB Ha TepioAWYHi, CE30HHI KOJMBAHHS
TPUBAJIOCTI CBITJIIOBOTO mepioay A06u. 3MiHa TpUBa-
JIOCTI CBITJIOBOTO JHS € JJISI OpTaHi3My CHTHAJIOM,
IO TOBIJOMIISIE TIPO 3MIHH LIJIOTO KOMIUIEKCY €KO-
JIOTIYHUX YNHHUKIB B XOJli 3MiHH CE30HIB poKy. Pea-
KIisl pOCIMH Ha (OTOMNEPiON MPOSBISIETECSA y TIPH-
CKOpEHHI a00 yIOBUIBHEHHI iX 3pOCTaHHS Ta PO3BH-
TKY 3aJICKHO BiJl KOMILIEKCY CE30HHHX KIIIMATHIHUX
yMoOB TnieBHoro periony (Ckpurmrauacknii, 1975). OT-
ke, (hoTorepioAndHAa Yy TIIMBICTh Y POCITUH BHHHUKAE
B IIPOILIECI €BOJIIONII SIK TeHETUYHO JCTepPMiHOBaHA
aJlaNTHBHA peakuis Ha KIIMaTHYHI YMOBH KOHKpET-
HOTO PETiOHy, CIYTYIUM TaKUM YHMHOM MPHKIAIOM
perioHanbHoi ananTauii. Tak, paHHe UBITiHHS, 00Y-
MOBJICHE HHU3BKOI UYTIUBICTIO 10 (OTOmepiony,
JOTIOMAra€ POCIMHHOMY OpraHi3My VHHKAaTH He-
CHPUSATINBUX YMOB JIITHROTO CE30HY, HANPHUKIA/I,
MOCYXH i Yac HAIWBY 3€pPHA Ta BPaKEHHS ILKi[-
nukamu (Kato, Yokoyama, 1992; V nauun, 1989).

doTonepioquIHa IyTIMBICTL € OHIEI0 3 HaliBa-
JKJIMBIIIUX TOCMOJAPCHKO-I[IHHUX O3HAK, 1[0 BU3HA-
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Yyae aJanTUBHICTh POCIHH A0 YMOB HaBKOJIHITHBOTO
cepeoBHIa. Y M’SKOT MIICHHULI YyTIUBICTh 10 (o-
TOTEPiOly BU3HAYAETHCS ANENBHUM CTaHOM TEHIB
nokycy Ppd-1, mo nokainizoBaHi B KOPOTKHX TuIeYax
XPOMOCOM JIpyroi romeosioriunoi rpynu. HasBHicTh
B TGHOMI JOMiHaHTHHUX aneniB Ppd-Dla, Ppd-Bla
Ta Ppd-Ala cynpoBOmKY€ETbCS BIACYTHICTIO (OTO-
MepioTUIHOl IyTIMBOCTI POCIWH, B TOW dYac SIK TO-
MO3UTOTHICTh 3a perieCUBHUMHU anensimMu Ppd-DIb,
Ppd-B1b i Ppd-A1b 00yMOBIIOE YyTIUBICTH 10 (oO-
tonepioxy (Mclntoshl et al., 2009). JlominanTHi
anenm Jokycy Ppdl BUSBIAIOTH eNiCTaTHYHY B3ae-
MoJito B psany Ppd—-Dla > Ppd-Bla > Ppd-Ala.

Hemonapao Oyno BHSIBIIEHO TOMOJIOTIIO MiX Te-
HOM Ppd-HI — nerepminanToM (HOTOMEpioandHOT
YyTJIMBOCTI SIUMEHIO, Ta AiNsHKOI 2D xpomocomu
M'SKO1 TIICHUIli, A€, 3TiJHO MTaHWX T'e€HETHYHOTO
aHami3y, JiokaimizoBaHo reH Ppd-D1 (Borner et al.,
1998). I'en Ppd-HI 0ymno KJIOHOBaHO, CEKBEHOBAHO
Ta 11eHTU(IKOBAHO SIK MPEACTaBHUKA CiMeHCTBa Te-
HIB, IO KOAYIOTh OiJIKH - PETyJISATOPH BIATIOBIMI TH-
my - PRR (pseudo-response regulator) (Turner et al.,
2005). [IpencTaBHUKY IILOTO CiMEHCTBA MPUUMAIOThH
Y4acTh B PEaKIisixX POCIMHHOTO OpPraHi3My, IO BH-
HUKAIOTh Y BIJMOBIAh HA JiI0 YHHHHKIB 30BHIITHBO-
T'O CepeIOBUIIIA.

[IpoTtsiroM OCTaHHIX POKIB aKTUBHO BHBYAIOTh
011K, KoJoBaHl reHamMu PRR, a Takox iX 3B'SI30K 3
MpoIecaMH, 1O BiIOYBaIOThCS Ha KJIITHHHOMY PiBHI
npy 3MiHI YMOB CepeloBHIIA, 30KpeMa TPHUBAIOCTI
CBITJIOBOTO JTHS.

Mouekyasipaa opranizanisti i ¢pyHkuis 6ijko-
BUX NpoaykriB rediB RR. IIpu BHBYECHHI BIUIUBY
TOPMOHIB IIUTOKIHIHOBOTO PSITy Ha MPOIIEC PO3BUT-
Ky apabimoricucy OyJi0 BCTAHOBJICHO, IO ITUTOKIHI-
HU MPUHMAIOTh Y9aCTh Y BIATOBII POCIMH HA 3MiHY
TPUBAJIOCTI CBITJIOBOTO mepioay modu. OaHuM i3 me-
pIINX BUSBJICHUX YYTIUBUX 10 ITUTOKIHIHY TCHIB €
TeH, Ha3BaHHWW perynsTopoM Biamosimi ARRS
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(Arabidopsis Response Regulator 5). Hamani Oymo
BUSIBJICHO Il 7 IUTOKIHIH-3aJIGKHUX TEHIB - pery-
ASTOpiB  BimmoBimi (RR-TeHIB), CHOpiAHEHUX 3
ARR5, mo BIUIMBAIOTHL Ha (PYHKITIOHYBaHHS IBOKO-
MIIOHEHTHOI CHCTEMH TPaHCIYKIlii CUTHAIIIB, CXOXKO1
3 0aKTepiaJIbHOI JBOKOMIIOHCHTHOK) CHCTEMOIO
(West, Stock, 2001).

VY apabinorcucy ineHTH(IKOBaHO HACTYIHI KO-
YOBI KOMITOHEHTH IIi€] CHCTEMM BiIIOBIi, SIK1 € BiIa-
CTHUBUMH H 1HIIMM DPOCIIMHAM: CEHCOpPHA TiCTUIHH-
KiHa3a, ricTuauH-BMINTyrounii (ochoTpanchepyro-
yuii OUTOK (pa3oM BOHM CKJIQAAIOTh MEPIIHN KOMIIO-
HEHT JIBOKOMIIOHGHTHOI CHCTEMH) Ta PEryJAToOp
Bimmosini RR (response regulator) (Ferreira, Kieber,
2005). Iuimiaris BiAMOBIIHOT peakiiii BiA0yBaeThCS B
MOMEHT 3B’sI3yBaHHS IIUTOKIHIHY 3 MO3aKJIITHHHUM
CUTHAIBHUM JOMEHOM TiCTHUAMH-KiHA3H, 110 B CBOIO
gepry 0O0yMOBITIOE aBTO(OCHOPUITIOBAHHS 3AIIUIIKY
TiCTUANHY, JIOKAJTi30BaHOT'O B MEXaX TpaHCMICiiHO-
ro JOMeHY, SIKUH pO3TallOBaHHWH y UTOIDIa3Mi Kili-
tuaU. Jlami, 3a monomoror ¢ocdoTrparcdepyrodoro
Oinka BiAOyBaeTbes (ochHOPUIIOBAHHS PEryJATOpa
BimnoBiai RR, mo oOymoBimioe fioro akrusarito i
HAJIE)KHY BiJIOBi/Ib POCIVWHHU HAa 30BHIIIHIA YHHHUK

(puc. 1).
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Puc.1. Cnpowena modenv mpancoykuii 306HiuIHb020
CUZHATLY 080KOMNOHEHMHOI0 cucmemor y pocaun. HK
— 2icmuoun Kinaza, HP — cicmuoun-emiugyrouuit ghoc-
dompancgepyrouuii 6inox, RR — pezynamop 6ionogioi,

REC - peyenmopnuii oomen RR oinka, CT — C-
mepminanvhuii 0omen RR oinka.
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RR-mipoteinn (perynsaTopu BiAMOBimi) € KITFOUO-
BUMH eJeMeHTaMu Kackany (ocdoprmtoBanHs,
OCKIUJIBKM CaMe BOHM iHAYKYIOTh aKTUBHICTH TpaHC-
KPUIILIiI CTPYKTYPHHX IiJbOBUX TeHiB. IpyHTyro-
YHCh Ha JIOMEHHIH CTPYKTYpi Ta aMiHOKHCIOTHHX
MOCITIIOBHOCTSIX, PO3PI3HAIOTH Tpu THIIM RR mpore-
1HiB: A-THn, B-THI Ta 1ceBao-THil.

Tun A wmictute penentopauii momed (REC) 3
MOCHIIOBHICTIO ~ aMIHOKHCIIOT  acliapar-acrapar-
mizun (D-D-K) ta xopotkwii C-TepMiHaNnbHUN [10-
MeH, (QYHKITiS SIKOTO OCTATOYHO He iIeHTH(dikoBaHa.
binku A TUNy KOAYIOThCS TE€HaMH, TPaHCKPUITH
SKHUX MIBUIKO HAKOMMMYYIOThCS Micisl Aii HUTOKIHIHY
(D’ Agostino et al., 2000).

Tuny B Takox BlacTHBa HasBHICTH PEIEITOPHO-
ro ngomeny (REC) 3 D-D-K cTpykTyporo Ta mpoTsik-
Huit C-tepminanpHUE nomeH. OcTaHHIA MICTUTH
Myb-like TIHK-3B’s3ytouy minsaky — GARP.

GARP nomeH mpucyTHiM y OuTkax 3arajibHOTO
KJlacy crenupivyHuX IUisi POCHHH (aKTOpiB TpaHC-
kpurii, Takux sk GOLDEN2 y xykypymsu, ARR y
apabigonicucy Tta Psrl y xmamimomonamu. GARP
JOMEH Ma€ BHCOKY BapiaOelbHICTh 1 € OaraTuMm Ha
TIIyTaMiHOBI Ta MPOJIHOBI 3aJIMIIKH, SKi, 3a3BUYAH,
MPUCYTHI B OITKax — aKTHUBATOpPax TPaHCKPHIILI.
Kpim Toro, 3a3Hauenuit C-TepMiHaNbHUI JOMEH Mi-
CTUTh CHUTHan saepHoi sokamizamii (NLS) skui,
3B'si3ytounck 3 NLS Oinka iMIOpTHHY, JIOKaizye
RR-nporeinn Ha BHYTpILIHIKA sACepHIH MeMOpaHi,
3amo0iraroyd X B3aeMonili 3 LUJIBOBUMH TI'€HaMH
(Imamura et al., 2001).

IceBno-RR renu koayrooTh OiIKK Mailxke i1CHTH-
yHi RR-0iKaM 1HIIUX THIIB, OCKITLKH BOHH MicC-
TATH CXOXHUH peuentopHuil gomeH. IIpore nceBno-
RR-mipoTeinn yTpUMyIOTh TIyTamMaT 3aMiCTh IIE€HT-
panmpHOTO acmapraty B cTpykrypi D-D-K nomeny,
mo 3amobirae ¢ocdopmmobanaio PRR (Makino et
al., 2000). Pa3zom 3 TM 1TOKa3aHo, IO came IICeBIIO-
RR Ok € KOMIOHEHTAaMH MEXaHI3MIB 301HCHEHHS
¢oromnepionnuHoi peakuii i HUPKaAHUX PUTMIB POC-
muH (Salome et al., 2006).

Otxe, RR-mpoTeiHN akTHBI3yIOTHCS B IpoIleci
¢dochopumoBaHHs, siKe 3a0€3MEUyIOTh TOMOJIOTH Ti-
ctuauH-KiHasu. J{ns Oimpmrocti RR-6inmkiB xapakre-
pHA HAsSBHICTH ABOX (YHKIIOHAIBHHMX IUISHOK: IIi-
JSIHKH, JIe PO3TallOBaHHH PENenTop ,,peryisaropa
BiAmOBimi”, JIOKami3oBaHMK Omkdye 10 N-KIHIS
npoteiny (REC momen), Ta obnacTi BapiabeiapHOTO
C-TepMiHaIBHOTO  €(DEKTOPHOTO  JIOMEHY, SIKHiA
BCTYIA€ Y B3a€EMOJIIO 3 BiANOBIAHOIO AITISTHKOIO MO-
nexynu JIHK (minmboBuM reHoM) B Tiporieci perysitii
tpauckpumilii (Mizuno, Nakamichi, 2005). Bapiabe-
npHICTh C-TepMiHAILHOTO JOMEHY 3a0e3redye Io-
niMopdizM (HaKTOpPiB TPAHCKPHUTIIIT TaHOTO THUITY.

REC pomen RR-6inkiB, cTpykTypa i ¢pyHkuis.
Brnepmie REC-ntomen OyB BusiBiieHU# y OakTepialib-
HUX RR-mpoteinax sik mpuiiMad curHaiy BiJ CEHCO-
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pHUX TIATEpHIB IBOKOMIIOHEHTHOI cumctemu (Pao,
Saier, 1995). 3rogom 1eit fomeH OyB ineHTH(IKOBA-
HUil 1 B mpoTeinax eykapiotiB — ETR1 (4Arabidopsis
thaliana), ne BiH TakoX BUKOHY€E (HYHKIIIIO MTpUiiMa-
ya curHainy (Hua, Meyerowitz, 1998).

CimelictBo nociaigoBHocTel REC Hanexuts 10
HagcimerictBa CheY-like (CheY-momiOHux mome-
HiB), TIPEICTAaBHUKHU SKOTO, pa3oM 3 TaKUMH JIOMe-
Hamu sk OmpR, NtrC, NtrL Ta iH., BXOOITh O
CKJIaly PperyJsITOpiB BiAMOBiAI JTBOKOMIOHEHTHHX
CUCTEM TIpokapioTHuX opranizmis (Galperin, 20006).
«Perymsarop Bianosigi» (RR) — ne 6inok, HaifgacTi-
e GakTop TPaHCKPUIILIT, Ha3Ba SKOTO Y3TrOKY€ETh-
csl 3 IOT0 OCHOBHOIO (PYHKIII€IO — PETYIIALIEI0 Bil-
MOBITHOT peaxilii Ha Jif0 CUTHATY, OTPUMAHOIO Bif
MaTepHy CEHCOpIiB 1 MEpEeAaHoro uyepe3 JBOKOMIIO-
HEHTHY CHUCTEMY Ha iHIII MOJEKYJH Ta CTPYKTYpH 3a
Iii Ha Hel YMHHUKIB HAaBKOJUIITHHOT'O CEPEIOBHIIA.

VY crpykrypi tunoBoro REC-nomMena BUALISIOTH
YOTUPH (PYHKIIOHATBHI CAaWTH: CAliT aKTHBAIlii, CAalT
(hochopuiroBaHHs, CAUT MIPKMOJIEKYJIIPHOI B3aEMO-
Iii Ta caldT quMmepusaitii. CaMme y Takiit moCyiI0BHO-
CTi Li caliTH po3TamoBani B cTpykTypi REC—nomena
Bix N no C ki (Sola et al., 1999).

Illo crocyersest mommpenocti REC-momeny B
MIPUPOIi, TO BiH € OJHUM i3 HAHOUTBII TAKCOHOMIYHO
yVHIBEpCANbHHUX Ta (PYHKIIOHATFHO BaYKIUBHX CTPY-
KTYp, IO 3YCTPIYarOThCS Y BCIX MPEACTABHUKIB KU~
BOi MpUpoOAM Bix apxed 1 BipyciB 10 JOIUHH. Y
MiXKHapoAHOMY OaHKy MpPOTEIHOBHX CHKBEHCIB Ha
CHOTOIHINIHIN JTeHb HAPaXOBYETHCS OLbINe 62 THUC.
mpoTeiHiB, MO MICTITh y cBoiii crpykrypi REC-
nomeH. [Ipu 11boMy, KUTBKICTh TaKHX OUIKIB y Mpej-
CTaBHHKIB MPOKAPIOTiB (BKJIIOYAIOUYH JIHIIE 5 BUIIB
BipyciB Ta 50 BHUIiB apxei) HapaxoByeThcs B 30 pa-
3iB OUTBINE, HIK Y POCIIMH Ta TBAPUH Pa30M Y3STHX.
Crin 3a3Haunty, mo REC-moMmeH BuTpumaB TpuBa-
JIAH TIPUPOIHUI H00ip, 1 3a Yac €BOJIOIIIT TOHAT TPH
MUTBSPIN POKIB 3yMiB 30€perTH KOHCEpBAaTHBHY OY-
JIOBY JICIKHX CBOiX IOCHIJIOBHOCTeH. Tak, Hampwu-
kn1ang, REC-gomen PRR-011kiB M'ak0i HINEHMIN Ha
39 % inentnunniit REC-nomeny romosnorignoro ¢a-
KTopa TpaHckpumuii cimedictBa Fis y Oaxrtepii
Desulfuromonas acetoxidans.

CCT nomen RR-6inkiB, cTpykTypa i dyHkuis.
JlaHy TMOCIHIZOBHICT, BHSBIECHO B CTpyKTypi C-
TEPMIHAIBHUX  JUISHOK  OUIKIB,  3IIHCHIOIOYHMX
TPAHCAYKIIIO CBITJIOBOTO CHTHATYy y 0araTthoxX poc-
JUHHUX opradi3miB (moHay 700 3a3HaueHHUX TPOTEi-
HiB y Ounbi HiX 70 BUAIB POCIUH - BiJg OXHOKII-
TUHHUX, Hanpukiuan, Chlamydomonas, mo BUIIHAX
dhopwm). [Ipu oMy CITiT 3a3HAYUATH, IO IO CHOTOJIHI
Leil JoMeH B MpoTeiHax TBapuH a0o OPIXIXKIB BHU-
SIBUTH HE BAANOCA. Y CTPYKTYpi MOTHBY JOMIHYIOThH
JTy>KHI aMiHOKHCITOTH.

Cama HazBa «CCT» moxoIurts BiJ Ha3B CIMEICTB
BigoMux QaxropiB Tpanckpumnuii Tumy CONSTANS
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(CO), CONSTANS-like (CO-like) Ta TOCI (timing
of CAB expression), TpeJCTAaBHUKH SIKHUX MiCTSTh
roMoJioriuni ginsgHku y C-TepMiHanbpHIM oOnacti
(Mizuno, Nakamichi, 2005). IIporsokmicts CCT-
noMmeHy y ckiaai RR-OinkiB cknamae 42-45 amiHo-
kucnoTHUX 3anuiikiB. CCT-MOTHB MICTHTh CHUTHAI
SNIEPHOT JIOKami3alii, Mpo SKUHA BXKE 3raayBaliocs.
CCT-noMeH BUSBICHO TaKOXX B acoMiallisfx 3 IHIIH-
MU JIOMEHAMHU, HalpuKiIaa, 3 B-6okcoBumu “riuHKO-
BHUMH HajblsiMu”’, nocaigoBHocTaMu GATA-, ZIM-
ta RRC-THmiB, sKki, #MOBIpHO, TaKOX MPHUHNMAIOThH
y4acTh 1 B OLJIOK-OLIKOBUX B3aemoisax (Strayer et
al., 2000).

“IluakoBl TanbLi” SABISIOTE COOOI BHIICTIIO-
BaHHS MOJIMENTHIHUX JIAHIIOTIB y TeTpacIpuvHi
CTPYKTYpH, IO YTBOPIOIOTHCS 332 PaxyHOK KOOPIH-
HAIIHUX 3B’S3KiB 10HIB IWHKY 3 JIiTaHJAMH TIPOTEi-
Hy (3aMWIIKaMH TiCTHOWHY Ta IUCTEIHY, PO3Talllo-
BaHMMH B IIEBHOMY TIOPsIKY). BOHU € XapakTepHOIO
0COONMUBICTIO 0araThoX (AKTOPIB TPAHCKPHIIIIIi,
OCKITBKH €(EKTUBHO B3a€EMOJIIOTH 3 MOJIEKYJIOI0
JHK (unHKOBI Mamblli MPOTEIHY YKJIAAa0THCS B 00-
posuu JJHK).

Acoramig B-00KcOBUX IIMHKOBUX IMadblliB 3
CCT-moMeHOM CHOCTEpIiraeThcs y BHUMAAKY Oara-
Th0X CCT-n0oMeH-BMILIYIOUHX TPOTEiHIB (Hampu-
knan, pakropi Tpanckpumnmii CO-turry). | X094 poib
B-6oxcy, nokamizoBanoro B obyacti CCT-momeny,
OCTaTOYHO II¢ He 3’sicoBaHa, (YHKIiOHANbHA 3Ha-
YYIIiCTh i€l CTPYKTYpH OYEBHIIHA, OCKIJIBKH BiACY-
THiICTb B-00KCy BHWKIHKae BTpaTry (QyHKITIOHAIHHOI
aktuBHocTi CO 1 TOC1 mnpoteiniB apabimoncucy
(Robson et al., 2001), VRN2 mnmenuni (Yan et al,
2004) ta 6inka reHa PPD-H1 samento (Turner et al.,
2005).

TakuM 4YrHOM, OUTKH, IO MICTATh Y CBOIH CTPYK-
Typi CCT-noMeH, 3airy4eHi B Taki BaXKIIUBI MTPOIIECH,
SK BINITOBITHA PEAKIlisS IIIECHUIII Ha SPOBU3AIIIO
(Yan et al., 2004), dboronepiognyHa YyTIHBICTh PH-
cy (Yano et al., 2000), ssumento (Turner et al., 2005),
mmeHuti (Beales et al, 2007), a Takoxx 0araThox iH-
mmmx BuaiB pociuH (Liu et al., 2001). ¥ Oynb-sikomy
BUNAJKy, IPYHTYIOUNCHh Ha YHCIEHHHX CIIOCTepe-
JKEHHSX Ta €KCIIEPUMEHTaX, CJiJ| 3a3HAYHTH, 110 Oi-
JIKH, SIKAM BiiacTuBui edekropauit CCT-momeH, 1me-
BHUM CIIOCOOOM MpPHHMAIOTh Y4acTh y PETyJIsmii
OUPKaAHAX PUTMIB Ta BIAMOBIAHUX peakuiid poc-
JUHHOTO OPTaHi3My Ha Jil0 YHHHUKIB 30BHIITHBEOTO
Cepe/IOBHINA, TAKUX, SIK CBITJIO, TEMIeparypa Ta iH-
1.

Peryasinia ¢gotonepionnunoi peakuii pocjuH.
LleHTpaJIbHAI OCIIIIATOP ITUPKATHUX PUTMIB apaldi-
Jorcucy (HOpMyIOTh HACTYIHI T€HH TPaHCKPHUIILIiK-
Hux QaxtopiB: CCAI(circadian clock associated 1),
LHY (late elongated hypocotyl) Ta
TOCI1/PRRI(timing of CAB expression 1/pseudo-
response regulator 1). Perynsimis excrpecii 1ux re-
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HIB OCHOBaHa Ha NPUHIIMIIAX HETaTUBHOI'O 3BOPOT-
Horo 3B's3Ky. Lle o3Havae, mo npoaykrtu reHis LHY
i CCAIl npurniuytoTs ekcopecito 7OC! mmsixom
3B’3yBaHHS 3 CUTHAIBHUMH MOTHBAaMH IIPOMOTOPY
uporo rena. [Ipore, Taka penpecis TpaHCKPHUIILIT Te-
Ha TOC! € HEMOBHOIO 1 MPOAYKTH HOrO eKcmpecii
BCE X TMOCTYIOBO HAKOIMHMYYIOTHCS, HOCATAI0UH MaK-
CUMaJbHOI KOHIIEHTpAIii HAMPHUKIHI CBITJIOBOTO
nHs. Jlami, 3rigHO TMPHHLMIY 3BOPOTHOTO 3B'SI3KY,
mpoayktu TOCI 6Ge3nocepeqabo abo ormocepenKo-
BaHO peryioroTh ekcrpecito CCAI i LHY (Alabadi
et al., 2001).

Perymauiss TepMmiHIB KOJOCIHHA 1 UBITIHHA Yy
MIIICHUIII MOXe OyTH 3’sCOBaHa 10 aHaNoTii 3 GoTo-
MEPIOUYHOI0 PETYIIIEI0 IBITIHHS apabigorncucy,
y SKOTO eKclpecis ciMelcTBa TeHiB, (aKTOpiB
tpanckpunilii, Tuiry CONSTANS perymoeTsest 11u-
PKaJHUM TOJMHHUKOM, OCBITJICHHSM Ta TeMIepaTy-
poto.

Poxuna OLIKiB perynsTopiB BiAMOBiai y apabifo-
IICHCY BIANOBIJa€ HACTYNHUM I'€HETHYHHM I'OMOJO-
ram nocaigosHocreir IHK: PRR9, PRR7, PRRS,
PRR3 ta PRRI (TOCI) (Matsushika et al., 2000).
PRR - reHu OilOTh MapalielbHO Ta aHTAarOHICTHYHO
mono reHiB LHY 1 CCAI. Tean LHY i CCAI npu-
rHiYYy0Th ekcnpecito CO, B Toil yac sk PRR-reHw,
HaBIaKH, aKTUBYIOTh TPAaHCKpUILi0 reHiB CO nuis-
xoM mipurHideHHs (yHkmii JJHK-3B’s3ytodoro per-
pecopa Tpanckpumnuii CDF1 (cycling dof factorl)
(Nakamichi et al., 2007).

Indopmamiitai PHK CO-dakTopa mocsararoTs mMa-
KCHMaJIbHOT KOHIIEHTPAI[IT HAIPHUKIHI[ JJOBTOTO JHS,
abo B HiYHMI mepioa KOpOTKoAeHHHX Hi6 (Suarez-
Lopez et al., 2001). daktopu TpaHCKPHIIi THITY
CONSTANS cTalbim3yroThCs €0 CHUTHANB Bif
¢doropenenTopiB  PiTOXpOMIB Ta KPHIITOXPOMIB
(Takato, 2010). Takum unHOM, CO-hakTOpU € MaK-
CUMaJIbHO CTAOITFHUMU TUTBKH 32 YMOB OCBITJICHHS,
a, OT)XKe, aKTUBHUMH OYAyTh JIUILE Ti i3 HUX, SIKI Ha-
KOITUYYIOThCS 32 JOBrOJeHHOI no0u. Crabini3zoBaHi
CO-daxkropu, 3B'S3yI0YHCH i3 CHENU(pIYHIMU CHT-
HAILHUMHA MOTHBAaMHU B TE€HOMi, BUKJIMKAIOTh aKTH-
Barito nmpomortopy Jnokycy FT (Flowering locus T)
(Valverde et al., 2004), npooyKTu SKOTO i aKTHUBY-
foTh Tiportec nBiTiHHA (Kardailsky et al., 1999) (puc.
2).

IixaBo, 1o 3HaYHO OibIlIa KOPEJALisS CHOCTEPi-
TaeThCS MK piBHEM ekcrpecii Jokycy F7T Ta gacom
UBITIHHA, HIXK MIDK OCTaHHIM Ta piBHEM eKcrpecii
CO-paxropa, abo mix excripeciero CO i FT. Ocob-
JIMBY yBary TakoX IpUBepTae TOH (akT, Mo i po-
CJIVH, SIKi 3aI[BITAIOTh IIPH JIOBIOMY [IHI, CITOCTEpira-
€Tbes Kopenstist Mixk ekcpeciero CO 1 FT, Toxi ik y
,»KOpOTKOJIeHHHX” pociuH Kopensiis mix CO ta FT
He3HauHa (Hmwkda Oimem Hik y 20 pasiB). Taki gani
BKa3yIOTh Ha Te, IO PeryJIslist ekcrpecii jokycy FT
MOJXKE 3/IMCHIOBATUCS PI3HUMHU HUIAXamu. Bimomo,
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o eKcIpecis ToKycy FT MOXe peryaroBaTHCs He-
3aJIeKHO SIK akTHBaTOpoM TpaHckpumiii CO, Tak i
npoxykramu reriB PRR (Niinuma et al., 2008).
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Puc.2. Henogna cxema pezynauii ygiminnay apaodioon-
cucy. lloacnenna y mexcmi cmammi.

Ditoxpomm
KpunTtoxpomu

JloBeneHo icHyBaHHS (DYHKIIOHATHHUX 1 CTPYK-
TypHEX B3aemogii mixk CCT-gomenom CO-¢pakropa
ta JJHK-3B'13yrounmu akropamu TpaHCKpuMLii ci-
meticteBa HAP (Heme Activator Protein). HAP-
¢daxropu 3B's13y10Thcst 3 CCAAT cUTHaJIBHUMU MO-
TUBaMH, sIKi IpeacTaBieHi y Oinpm Hik 25 % eyka-
pioTHux mpomoTopiB. llokasana memiaTopHa poIb
oinkiB HAP-xommiekcy 3a BrumBy CO Ha dac 3a-
uBiTanHs pociuH. EdextusHicts ekcmpecii HAP-
OINKIB BITMBAE Ha TEpMiH 3allBiTaHHSA apaldimorcu-
cy; mei edekrt acoriiiopanuii i3 3HWKeHHAM CO-
3aJIeKHOT aKTUBHOCTI JOKycy F7, MpOMyKTH TpaHC-
JLiT SIKOTO 1 IHAYKYIOTh TPOLIEC UBITIHHS. Y 3B'SI3KY
3 TaM, o CCT-momMeH MiCTUTh KOHCEPBATHBHY Ii-
JITHKY, BIAMOBIJHY TOMOJIOTIYHIA MOCIIZOBHOCTI
¢daxTopa HAP2, GesnocepenHbO B3a€MOAIIOYOTO 3
JIHK, BBaxkaerbcs, mo Oinku, siki Mmictsate CCT-
JIOMEH, TI0 CBOIl CTPYKTYpHO-(DYHKIIOHATBHIN poJIi
3aMiHIOIOTh cyOonuauIio At HAP2, dopmyroun Ta-
KM YMHOM TphOXKoMTOHeHTHH Komruiekc CO/At
HAP3/At HAPS, sixwii i 6epe O6e3mocepeHio yJacThb
y Tporeci peryisimii TeHeTHYHOI eKCIIpecii JIOKyCy
FT (Wenkel et al., 2006).

PRR renm i ¢orTomepioqlMyHa He4YyTIHBICTH
M'sikoi mmeHuni. OCKuUTbKK O0YJI0 BiOMO, IO IMPO-
nyktu excnpecii PRR reniB mictsate CCT-momeH y
C-TepMiHaNBHIH IUISHI, METOI0M 0JI0T-
riopuanzarii 3a Cay3epHoM OyB IPOBEIECHUN CKpH-
Hinr  knoHiB BAC  (Bacterial  Artificial
Chromosome), o mictunu nociigoBaocti JTHK 3
MINIEHIYHUMH TeHaMu cimeiictBa Ppd (Beales et al.,
2007). B siKoCcTi MONEKYJSPHOTO 30H]Ia BUKOPUCTO-
BYBaJIl HYyKJIeOTHAHY mnocmigoBHicTh CCT-momeny
suminHOTO TeHa Ppd-HI. B pe3ynbrari Oynu BUSB-
JIeH] TTOCITITIOBHOCTI HYKJICOTHIIB, IO 1HIUBITyalb-
HO XapakTepu3yroTb PRR-renn xpomocoM 2A, 2B i
2D m'sxkoi mmenwni (Beales et al., 2007).
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3rimHo 3 pe3ynbTaTaMu aHali3y eKcIpecii TeHiB
FT, PRR ta CO M'IKOI MIIIEHHIII, YaCOBI MapaMeTpH
excnpecii CO He 3MIHIOIOTbCA Y HEUYTIMBUX 10 (o-
TOTIEPiOy TCHOTHUIIIB. BogHOUac BTpadaeThCs Kope-
nais Mik excnpeciero CO-(akTopa Ta eKCIpeciero
aokycy FT. Y 3BSI3Ky 3 UMM mependavaeTnes, IO
aktuBanis JokyciB F7T 1 CO y HeuyTimuBHX 10 (poTo-
Tepioy TEHOTHINIB 3HIHCHIOETHCS 3a JTOMOMOTOO0
AIBTEPHATUBHUX (PAKTOPIB TPAHCKPHUIILIIT.

ATNbTepHATHBHUM BapiaHTOM MOJYJIALII peakifiit
M'SKO1 TIIEHUINl Ha (QOTOMEPION € PETyAIlis eKc-
npecii nokycy F7T, iHAyKUis TPaHCKPHUIIIII SKOTO
3nilcHIOEThCS 3a ydacTio PRR-Oinkie (Beales et al.,
2007).

3a MOpIBHSHHSA HYKJICOTHUIHHMX IIOCHIIOBHOCTEH
PRR-2D nokycy copTiB i JiHIdH M'SKOI NIIEHHMII,
ANbTEPHATUBHUX 32 aJleIbHUM CTaHOM JIOKycy Ppd-
DI, y seuyTimBuX A0 ¢GoTomepioxy pociauH (momi-
HaHTHUI red Ppd-D]a) Ha mo4yaTky Koayroo4oi o0a-
cti reHa PRR-2D BusBNeHa AeJeis MPOTSKHICTIO
2089 m.1. Ha mepmmii morisia, 3HWKEHHS (hoTorepi-
OUYHOI YYTIMBOCTI Yy TakhX TECHOTHUIIIB MOXHA
MOB’si3aTH 3 iHaKkTHBalie0 PRR-2D reHa y 3B'A3Ky 3
JENIeIi€r0 IPOMOTOPY abo caiTiB Horo akTuBarlii, y
BIICYTHICTh SIKHX IPOIIEC TPAHCKPHIIIIi TeHa CTae
HeMOXJUBUM. llpore, Ak 3’sCyBanocs, eKCHpecis
rera PRR-2D y mmx pOCJIHMH BCE X Takd 3IIHCHIO-
€TBCA, MOXXIIUBO, 3 aJbTEPHATHBHOTO IIPOMOTODY.
[lpr mpOMy 3MIHIOIOTBCSI YacOBI XapaKTEPHCTHKH
i€l eKcrpecii, M0 CBIYUTH MPO MOXKIIUBI 3MiHU B
gaci ekcrpecii tokycy F7. B qaHoMy BUTIAIKy BECh
LUK YepryBaHHS MiKiB MaKCHMalbHOI KOHIIEHTpA-
uii nponykrtiB PRR-2D 1 FT TeHiB 3cyBaeTbcsl Ha
miBniepion. BignosimHo PRR-mpoTeinn Temep Hako-
MMAYYIOTHCS MPOTATOM BCHOTO THS 1 HOYI, JTOCSTAr0-
YU MaKCHUMaJIbHOI KOHIIEHTpAIlii B KiHIlI TEMHOBOTO
nepiogy no6u. Ha mouaTky CBITIIOBOTO JHS BUCOKHI
BMICT B KJITHHI X MPOTEIHIB 1HAYKYE EKCIPECiio
nokycy FT, KOHIEHTpaIlisl IPOIYKTIB SIKOTO JIOCSTaE
MaKCUMyMy BCEpeArHi IHA, a MOTIM BigOyBaeThes ii
mocTynoBuii cmaj. B mipy Toro, sk akTuBHICTH FT
3HMIKYETHCS, KOHIEHTpaliss PRR-poTeiHy 3pocTae,
JOCSITAl0YM MaKCUMyMY B KiHIII TeMHOBOI Qazu, 1e i
3aMHKa€e UKI. MOXIIMBO, BipHUM MOSICHEHHSIM (o-
TONEPIOIUIHOT HETYTIMBOCTI POCIHUH 3 TCHOTHUIIOM
Ppd-Dla € te, mo neneuis B MPOMOTOPHIN 30HI 1X
PRR-2D reHa BUKJIMKA€E 3MiHYy B peryJisiii ekcrpecii
OCTaHHBOTO, IO MPU3BOIUTEL M0 iHAKTHBAIil (oTo-
nepioauaHol 4y TIUBOCTI pociuH. CyTh 1i€i iHaKTH-
Balii momsArae B iHAYKWil ekcrpecii jokycy FT sk
IIpH JOBIOMY, TaK i IPpU KOPOTKOMY IHi. Takum um-
HOM, OCHOBHA BiIMiHHICTh HEUYTIUBUX IO (OTOIIE-
piony (MOHOTEHHO TOMiHAHTHUX 3a Ppd-D1) pocnun
M’SIKOT MIIICHUI TIOJISATAa€ B HASIBHOCTI y HUX JeINerii
B ITPOMOTOPHIH ob6yacti rera PRR-2D, sika cpwdu-
HSiE BUJIyYCHHS CHUTHAIBHUX CaWTIB 3B’SA3yBaHHS 3
perynastopaumu Oinkamu (Beales et al., 2007).
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AHaIOTIYHUM YMHOM MOKHA TOSCHUTH 3HIKEH-
HSl YyTJIMBOCTI 110 oTonepiony Ppd-Ala reHOTHITIB
tBepaoi muennni (Edward et al., 2009). IIpu 3icras-
JIeHHI ceKBeHOBaHMX TociimoBHocTel JIHK, mprmire-
mmx g0 reHa PRR-2A TeTpamioimHuX NIICHUYHUX
JiHIA 3 anbTEpHATHBHUMH aJleIbHUMH BapiaHTaMH
reHa Ppd-Al, Taxoxx BUSBJIEHI Jelnelii B paiioHi
nmpoMoTopy. JlOBXHWHA AENeTOBAaHOI IUIAHKH IS
oaHux JHiA cxmagana 1027 mH., a IS IHOIAX -
1117 n.u. JliHii, 0 MICTITh JeNeTOBAaHUN MPOMO-
TOp, BUSIBIUIMCS MEHII YyTIWBUMH 10 TPHBAIOCTI
CBITJIOBOTO JHS, TOOTO HECIHM O3HAKM BIACTHUBOCTI
reHotunty Ppd-Ala, Togi K niHii 3 iHTAKTHUMH TO-
crmimoBHocTssMu JIHK BusBIsM 9yTIUBICTh 10 ¢o-
Torepiony i Bimnosiganu Ppd-A1b reHorumy. AHa-
mi3 excmpecii ymkomkeHoro PRR-24 reHa y niHiH
nieHui 3 Ppd-Ala reHOTUTIOM TIOKa3aB HasSBHICTh
y KJIITHHI TPOAYKTIB HOTO TPAHCKPHIIILii, B 3B'I3KY 3
YUM 1 BUHUKIJIO MPHITYIIEHHS, 0 TPAHCKPHIILIS Te-
Ha PRR-2A Moxe 3IIHCHIOBATHCS 3 allbTePHATHBHO-
ro mpoMoTopy. IIpu 11bOMy aKTHBAIIiSI TPAHCKPHITIIIT
3 IIbOT'O MTPOMOTOPY HIsIK HE MOB'SI3aHa 3 TPUBAICTIO
CBITIIOBOTO Iepiony nodu, a excmpecis CO-daxTopa
B IIbOMY BHUIIAJIKy HE KOPEJIOE 3 EKCIPECIEIO JIOKYCY
FT. Y Toli ke Jyac BUABIISIETHCA JiTKA KOPEIAIIS MiXK
excnpecieto FT Ta excnpecieto rena PRR-2A, BHa-
CIIOK 4YOTO IHAYKIS TpaHCKpUNIii 3 Jokycy FT
BiIOYBa€EThCS HE3AJIESKHO BiJl TPUBAIOCTI CBITIIOBOTO
nust (Edward et al., 2009).

B pesynbTari MOpiBHAJIBHOTO aHali3y CEKBEHO-
BaHMUX IIOCITIIOBHOCTEH JOKycy PRR-2B 1 mpwuer-
yux 1o Hporo ninstHok JJHK y copris i miHi#l M'skoi
MIIEHHUII 3 albTEPHATHMBHUM MO BiJHOILICHHIO [0
¢dortonepiony heHOTUTIOM, TOOTO UYTJIMBUX 1 HEUYT-
TuBHUX 10 (oromepiony, momMopdizMy MO JOKYCY
PRR-2B He BUsBIIEHO. 3a IOCIIPKEHHS MPOAYKTIB
TpaHCKpuMii reHa PRR-2B BCTaHOBIEHO HAsBHICTB
SIBHIIA AIFTEPHATUBHOTO CIDIAMCHHTY, B PE3yJbTaTi
SKOTO MOJJIMBE yTBOpeHHs Bochbmu THmiB iPHK, 3
AKUX OUIbIIa YacTHHA TPAHCKPHIITIB € (yHKLIOHA-
JFHO aKTUBHOK. Di3i0N0TiYHA PO 3raIaHOTO ajb-
TEPHATHBHOTO CIUTACHHTY HE BCTaHOBIICHA, KOpe-
Tl MiX QOTONEPioAUYHOIO0 Yy TJIMBICTIO Ta IPUCY-
THicTIO THX 200 iHmux tuniB iPHK rena PRR-2By
KIITHHI He crmocTtepiraetees (Zhi-Ai et al., 2009).
Buxoasuu 3 1aHUX MOJEKYISIPHO-TEHETHYHOTO aHa-
73y BUCIOBJICHO MPUIYLIEHHS, 10 TE€HOMHA JIOKa-
JTi3aIis TeHeTHYHOI AeTepMiHaHTH (DOTOIEePioaAMIHOT
YyTIMBOCTI reHOTHIIB Ppd-BI po3ramoBana B 00-
JacTi XxpoMocoMHoro cermenTa 2BS, skuit gnanky-
€ThCSI MIKpOCATEIITHUMHU JOKycamu Xgwm429 Ta
Xgwm257 (Lukman, 2003).

Ciig 3a3HauMTH, IO OOCIIKEHHS TreHiB PRR
M'SKOT TIICHUIII HAa CHOTONHI MPOBEJCHO JIHIIE Ha
oOMexeHI BHOIpI COPTIB 1 JIiHINA, TOMY B JaHHH
Yac y pi3HUX CENEKIiIHHUX [EHTPaX aKTHBHO IPOBO-
ISTHh poOOTY 3 MOILIYKY Ta TECTYBaHHIO MapKepiB /10
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aNbTEPHATUBHUX BapiaHTIiB PRR - TeHIB MIIICHUII HA
MICIICBHX JIIHISX 1 cCOpTax.

[IInpokuii cOEKTp OTPUMAHUX AAHUX MPO MOJIe-
KYJISIPHO-TCHETHYHY JETePMiHAIi0 (HOTOIepioamy-
HOI YyTIMBOCTI POCIMH 1 IX aJaNTHBHUX peakIii
Ma€ BaXJIMBE 3HAUCHHS JIJIS BUPIIICHHS TPUKJIATHIX
3aBllaHb CENEeKIi 1 TeHeTHUKU. MapKyBaHHs alelb-
HUX TeHIB PRR - MOKyCiB 3a0€3MeUnTh MOXIIHBICTH
ix merexuii y copTiB pi3HUX reorpadiuyHux 30H, IO
JIO3BOJIUTh MAaKCHMaJbHO €(EKTUBHO CTBOPIOBATH
COPTH 3 ONTHMAJIBLHUM pIBHEM (OTOUYTIHUBOCTI,
aJJalITOBaHMX 10 YMOB HaBKOJHUIIHBOT'O CEPENOBUIIA
KOHKPETHOTO PErioHy.
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GENETIC MECHANISM OF PHOTOPERIODISM DETERMINATION OF WHEAT

Totsky V.N.', Muterko A.F.', Balashova I.A.%, Diachenko L.F.'
"'The I I. Mechnikov Odessa National University,
Department of Genetics and Molecular Biology,
Ukraine, Odessa, 65058, Shampansky str. 2, muterko@gmail.com, diachenkolf@mail.ru
South Plant Biotechnology Center Ukrainian National Academy of Agrarian Science;
Ukraine, Odessa, 65036, Ovidiopolska str., 3, genome2006@mail.ru

In the present review of recent publications the molecular mechanisms of photoperiodic response of plants and in
particular of wheat are described. The functional role of newly discovered genes RR (Response Regulator), molecular
organization of these genes and their encoded proteins are depicted. Molecular mechanisms that determine dependence
of flowering of wheat on the characteristics of photoperiodic response were reviewed. Molecular mechanisms of the re-
sponse of wheat to changes in the length of daylight and participation of PRR genes in this process are discussed. It was
shown, that the PRR-proteins are involved in the regulation of circadian rhythms in plants and corresponding reactions
of the organism in response to the action of environmental factors, such as lighting and temperature.

Keywords: photoperiodism, RR-genes, wheat
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