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FTEHETU4HA AETEPMIHALIA TA
®YHKLIS RR-BUIKIB — PEFYJIATOPIB
GOTONEPIOAUYHUX PEAKLINA
| UWPKAOHUX PUTMIB Y POCJIUH

02150 npucesueHull aHanizy cy4acHoi aimepamypu 3
numans eeHemu4Hoi demepminauii i domeHHoI opeanizauii
HedasHo NOCMYyAb0BAHUX 0B0KOMNOHEHMHUX CUCHAAbHUX
cucmem, HaseéHux y npokapiomie i eykapiomis. [loka-
3aHA NPpUYeMHICMb 3A3HAYEHUX CMPYKmMYp 00 pecyio-
BaHHSA YUCAeHHUX Mopghoizionociunux npouecie y poc-
AuH. Kaovosumu esemenmamu yux CUSHAAbHUX CUCMEM
€ RR-6inku, wo 3anyckaroms Kackad gocghompancghe-
DPA3Hux peaxyii i Oe3nocepeoHb0 4u 3a yuacmi noce-
DEOHUKIB pe2yarooms MPAHCKPUnYito i aKkmueHicmy iH-
wux binkie, ¢ momy uucai pepmenmie, y 6i0nogioo Ha
8NAUE 20PMOHIE MA YUHHUKIB 308HIUIHbO2O Cepedogulld.
3 yux nozuyii 6UKAAOEHO CYYACHI YS6AeHHS NPO Moje-
KYAAPHO-2eHemU4Hi Mexauizmu ghomonepioouyHoi peak-
Yii, YUPKAOHUX pummie i aHmMUCmMpPecosux peaxuitl y
pocaun. Ilpocmediceno 36’30k mixc excnpecieio eeHie
gomopeuenmopis i uymaugicmro pocaur 0o homonepiody.
Hasedeno enacui dami, ompumani Ha i302eHHUX NIHIAX
nueHuyb, NPo 3aAedHCHICMb eKcnpecii CmpyKmypHux ee-
Hie epmenmis 8i0 aneavroeo ckaady deskux PRR-n0-
Kycie ma mpueanrocmi énaugy HU3bKoi memnepamypu.
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Bcryn. biosoriuHi mpouecu, 1110 BinOyBaloThCs
y MiKpOOpraHi3MiB, pOC/IMH Ta TBapuH, 0arato B
YoMy 3ajiexXaThb Bil TakK 3BaHUX LMpPKagHUX, abo
JTOOOBUX PUTMIB, MOJIEKYJISIDHI MEXaHI3MU SIKUX
HUHI iHTEHCUBHO BUBYAIOTHCSI.

Hdyke BaXJIMBUM IIUPKATHUM PUTMOM POC-
JIMH € ¢oTonepiogu3M — peaxllisl pPOCIUH Ha
TPUBAJICTb CBITJIOBOrO AHs (¢hoTorepion), Bim 4o-
ro 3aJIeXUTh 1X iIHAUBiAyaJIbHUN PO3BUTOK i TEP-
MiH 3auBitaHHs. BapiaGenbHicTh poTomepiogny-
HOI BiIMOBIiAi y pi3HUX POCIUH 3a0e3MeUy€e IXHIO
amanTarlito 10 KOHKPETHIX YMOB CEpeloOBHIIIA.

DoTonepionu3M po3IILAIaTh SIK Peakililo
JKMBHUX OPraHi3MiB Ha MHEpiogMyYHi, CE30HHI KO-
JIMBAaHHSI TPUBAJIOCTI CBITJIOBOrO MEpiody A00U.
3MiHaA TPUBAJIOCTI CBITJIOBOIO OHS € IJISI Opra-
HI3My CMTHAJIOM, 10 ITOBiZOMJISIE IIPO 3MiHU
LIJIOrO KOMIUIEKCY €KOJIOriYHUX YWHHUKIB B
XOdi 3MiHU Ce30HiB poky. Peakiiisi pociuH Ha
¢oromnepion MpoOSIBISIETbCS Y IMPUCKOPEHHI abo
VIOBUIbHEHHI IX 3POCTaHHSI Ta PO3BUTKY 3aJIeXK-
HO BiJl KOMILJIEKCY C€30HHUX KJIIMaTUYHUX YMOB
neBHoro perioHy [1]. Otxe, ¢oronepioguuHa
YYTJIMBICTh Y POCJIMH BUHUKAE B IIPOLIECI €BO-
JIIOLII SIK TEHETUYHO JeTepMiHOBaHaA afgalTHUBHA
peaxilisi Ha KJIiMaTUYHI YMOBU KOHKPETHOTO pe-
TiOHY, CIIYTYIOUM TaKUM YMHOM TIPUKIAIOM pe-
rioHajbHoOI aganTauii. Tak, paHHe UBITIiHHS, 00Y-
MOBJIEHE HU3bKOIO YYTJIMBICTIO 10 (hOTOIEpiony,
JOTIOMara€e poCIMHHOMY OpraHi3My YHUKATU He-
CIIPUSTIMBUX YMOB JIITHBOTO CE30HY, HaIlpu-
KJam, TIOCYyXM IIiJ 4Yac HaJMBY 3epHa Ta Bpa-
JKEHHS WKigHuKamu [2, 3].

V niueHuii 4yTIMBICTH OO0 (DoToIlepiony BU-
3HAYAETHCS ajieJIbHUM CTaHOM JIOKYCYy Ppd- 1, 1110
JIOKaJIi30BaHUI B KOPOTKMX ILIeUax XpOMOCOM
JIpyroi roMeosioriyHoi rpymu [4]. JlomiHaHTHI aje-
Ji reHa — Ppd-Dla, Ppd-Blai Ppd-Ala — 3meH-
LIYIOTh (POTONEPIOAUYHY UYTIMBICTH POCIUH, B
TOU yac sK peuecuBHi aneni — Ppd-DI1b, Ppd-
BIb i Ppd-AIb (3a maHuMM JESIKMX aBTOPIB [5—
7] — PRR 2X, ne X — reHoM A, B abo D) o0y-
MOBIIIOIOTh BUCOKY UYYTJIMBICTb 10 (hOTOIEpioay.
JoMiHaHTHI aziesi JoKycy Ppdl BUSIBISIIOTH eIlic-
TaTUYHY B3aeMofiio B psiny Ppd—Dla > Ppd-Bla >
> Ppd-Ala (3a HOBo1O HOMeHKJIaTypowo PRR-2D >
> PRR-2B> PRR-2A) |4].

HeuonaBHO BHUSIBJIEHO TOMOJIOTIIO MiX TIe-
HOM Ppd-HI — perepMmiHaHTOM (oOTOIEpio-
JUYHOI YYTJIMBOCTI SUYMEHIO — Ta AUISHKOI 2D
XPOMOCOMM M’SIKOI MIIEeHMLi, A¢ 3rigHO 3 Aa-
HHMMU TE€HETUYHOrO aHasi3y JIOKaJli30BaHO TeH
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Ppd-D1 [35]. Ten Ppd-HI K10HOBaHO, CEKBe-
HOBaHO Ta iIeHTU(}IKOBAHO $K MpeacTaBHUKA
ciMeiicTBa TEHIB, IO KOOYIOTh OIJIKM — pery-
ggtopu Bianosini tany PRR (pseudo-response
regulator) [8].

ITponykTu TreHiB POAUHM PEryjisiTOpiB Bif-
noBiai (RR) 3anydyeHi B peakilii pPOCIMHHOIO
OopraHiaMy (Iesiki 3a y4yacTi TOpPMOHY LIMTOKiHi-
Hy), 110 BUHMKAIOTh Yy BIAMOBiAb Ha Mil0 YMH-
HUKIB 30BHIIIIHLOIO CEPEAOBUILIA.

Takym 4MHOM, T€HM ajeJbHUX cepiil Ppd,
Vin, Vrd Ta iHllIi, 110 MalOTh BiAHOILEHHS J0
¢oronepiognuHmnx peakuiii [9—10] Ta cTiiKocTi
POCJIUH 10 HECTIPUSITIIMBUX YMOB, TaKOX MOXHa
pO3rsaaTu K CKJIaJ0Bi IIMPOKOro ciMeilcTBa
reHiB RR, MIPOAYKTU SKUX — OLIKU-PEryasiTopu
peaxuiii Bianosiai (RR-mpoTeiHn) iHTEHCUBHO
BUBUAIOTHCS B OCTAHHE AECCATUPIUYSL.

Oprani3zanis i GpyHKUis TBOKOMIOHEHTHUX CHT-
HAJIBHUX cHcTeM Kiaitmau. RR-1miporeinu € xito-
YOBUMHU €JIEMEHTaMU Kackamy (ochopuiroBaH-
HSI, 110 3IIMCHIOETbCS Yy TPO- i €yKapiOTHUX
KJIiITUHAX 3a IXHbOI peaklli€i Ha BIUJIMB YUH-
HUKIB 30BHILIIHBOTO cepemoBuiia. Cinim 3a3HAUYNUTH,
10 BHYTPIIIHBbOKJIITUHHI CUTHAJIbHI CUCTEMH,
SKi 3a0e3MeUyloTh CBOIO (DYHKIIIIO 3a ITOIIOMO-
roto docdopuaoBaHHs OiKiB MpoTeiHKiHa3a-
MU, BBaXalOTbCS HaMOIIbLI cHeliali30BaHUMU
i BJACTMBI B TMeplly uepry BUIIMM eyKapio-
Tam [11—13]. B ocTaHHi pOKM BCTaHOBJEHO,
1110 TIPOTEIHKiHA3M BilirpaoTh BaXKJIUBY POJIb HE
TUIBKM B TIpollecaXx HOPMAaJbHOIO MeETaboIi3My,
aje ¥ B mepemadi CTPECOBUX Ta IHIIMX CUT-
HajliB, aKTUBYIOUM CUTHAJIbHI KacKaau, $SKi B
CBOIO YEpry peryjroTh eKCIpPecilo reHiB, MeTa-
0oJTi3M i amanTUBHY MOBEMiHKY KIiTHH. Docdo-
pWIOBaHHS OLIKiB, 110 OepyTh Y4acTh y Iiepena-
Yi CTPECOBMX CHUTHAJIiB, B MPOKAPIOTIB i POCIMH
3MiMCHIOETbCS TOJOBHUM UMHOM IO 3aJIMIIKaX
FiCTUAMHY 1 acmapTaTy, a B KIiTMHaX BUIIUX
TBApUMH — IO 3aJIMILIKAX CEPUHY, TPEOHIHY i THU-
po3uny [14—16].

V npokapioTHUX i POCIMHHMUX OO’€KTIB BUSIB-
JIEHO TaK 3BaHi TUIOBiI CEHCOpPHi TiCTUAMHKIHA3U
Ta TiIOPUIHI CEHCOPHI TICTMAMHKIHA3M, 1110 (DYyHK-
LIIOHAJIBHO MOJiIOHI 10 TUpO3UHKiHA3 XxpedeTHUX. L1i
depMeHTH 3a0€3MeUyI0Th YITli3HABaHHSI ITyCKOBOIO
CUTHaJTy i Mioro mepenady Ha iHILI OiTKM, SIKi CIIy-
IYIOTh O€3MocepenHiMu PEryIsiTopaMU TPOLIECiB
TPAHCKPUIILIil Ta aKTUBHOCTI OiJIKiB-(hepMEHTIB.
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CurHajibHi CUCTeMM, 110 MalOTh YyTJIMBUM CEH-
COPHUM KOMITOHEHT (TaK 3BaHWUM BXiTHUU 10O-
MeH) Ta e(deKTOpHUiUl (pearyrouMii Ha CUTHaI)
BUXiIHUI JOMEH, OTPUMAaJIM Ha3BYy IBOKOMIIO-
HEHTHUX, 1 caMe TaKi CUCTEeMU BIJIACTUBI HE TiJIb-
KM OakTepisiM, B SIKMX BOHM BUSIBJICHI BIIEpIIIE,
ajie i pocauHam i TBapuHaMm (puc. 1, A, B). T'i6-
PMIIHI CEHCOPHIi TiCTUAMHKIHA3U BUSIBJISIIOTH HE
TIIbKY TICTUAMHKIHA3HY, aje i rictuauHgpocdo-
TpaHcepa3Hy aKTMBHICTb 3aBASIKM acolliallii ceH-
copHoi rictuauHkiHazu (3 HPt-gpomeHom) i3
BiIMOBIAHUMM TicTUAMHPOChOoTpaHChepasHUMU
oinkamu abo tpaHcMitepamu (HPt-6inku). B 11bo-
My BUIQJKy TEPBICHUU TepeHoc (octaTHOI rpy-
nu 3 rictuauny (H1) Ha acnaparin (D1) 3naiiic-
HIOETBCSI B MeXaxX OIHOTO OiilKa, a He 3 Oinka
Ha OiJI0K, SIK B TUIIOBUX CEHCOPHUX TiCTUANHKI-
Hazax [17].

Otxe, rictuauH-acnapariHoBa-gochoTpaHc-
depasHa cucTema CKJIAAA€EThCs i3 JABOX KOMIIO-
HeHTiB: 1) ceHcopHa TiCTMIMHKIHA3a, $SIKa Mae
caiitu aBroocdopuatoBadHs rictuauny (H1) ta
BUKOHYE OJIHOYACHO (PYHKIIiI0 CEHCopa i TpaHC-
MiTepa (MpOBiAHMKA CUTHaly), a00 XX B3aEMO-
Jlitoya 3 CEHCOPHOIO TiCTUAMHKIHA30I0 TiCTUAMH-
¢ocdorpaHcdepaza (mpu LBOMY BMHHUKAE TaK
3BaHa TiOpMIHA CEHCOpHA TiCTUAMHKIHA3A) 3 caii-
ToM (bocopuitoBaHHs 1o rictuauny (H2); 2) 6i-
Jok — peryastop Bianosiai (RR) 3 akuentop-
HuM (peuentopHuM) gomeHoM (REC) Ha N-kiH1i
Ta epekropuuM CCT-pomeHom Ha C-kiHli. Pe-
LIENITOPHUIA JOMEH MICTUTh KOHCEepBAaTUBHUIA
cait (ocopuIOBaHHS II0 acrmapraTry i BUKO-
HY€E POJIb MOJIEKYJISIDHOTO MepeMuKadya B Tpo-
mHeci OioximiyHoOl TpaHcsuii curHamy. Cig 3a-
3HAYUTHU, 110 YMCJICHHI TOpMAHI TiCTUIMHKIHA3U
€yKapiOTHUX CUTHAJbHUX CUCTEM, KpiM 3ragaHux
(yHKII, BUKOHYIOTb 1 (PYHKILiIO MOIyJsTOpa
curHaiy, 00 OIHOYACHO BUSBISIIOTH (hocaTaszHy
aKTUBHICTb JIO CBOiX cyocTpariB [18].

IIono pociauH, TO, SIK MOKa3aHO Ha puC. 1, ixHi
JIBOKOMITOHEHTHI CHUTHaJIbHI CUCTEMM MOXYTb
Oytu npoctuMu (A) i 6aratoctyniHyactumu (B).
CHpUIAHATTS CUTHAY BXiITHUM JOMEHOM (CeH-
COPHOIO TiCTUAMHKIHA3010 a00 TriOpUIHOIO Tic-
TUAMHKIHA3010) TPU3BOAUTHL OO0 aBTOMOChOpU-
JIIoBaHHS 3anuiuky rictuauHy (H) y ckuanmi
CEHCOPHOI TCTUAMHKIHA3U, Micis yoro docdart-
HUM 3aJIMIIOK TIePeHOCUThCS Ha 3aMILIOK ac-
napariHoBoi kuciaoTu (D1), skuil noKanizyeThb-
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IO N GTF G2 © S
T™M1TM2 D D
ATP
ADP Binnosinns
B
Curnan

lopunna HK

Hpt 6inok RR 6inok

Y Y
[T T (D) o I
TM1TM2 P \74 P ) l
ATP
ADP \/V Birosis

Puc. 1. ITpocri (A) i 6aratoctyninuacti (B) IBOKOMIIOHEHTHI CUTHAJIbHI CUCTEMU POCIUH: A — IIPOCTa CUTHAIbHA
cucTteMa MICTUThb IUMEpHY TpaHcMeMOpaHHY ceHcopHy HK (rictuamnkinaza) i muroruiasmatuyHuii RR
(perymsitop Binnosini). Monomep HK mictuth TpancmemopanHi cermeHT TM 11 TM2. MoTuBU KOHCEpBaTUBHUX
nociainoBHocteit N, G1, F i G2 nokamizoBani B ATP-3B’a3ytouomy nomeni. HK karanizyiors ATP-3anexHe
ayTodochopuaoBaHHSI KOHCepBaTUBHOTO 3anullKy rictunuHy (H). AktuBHicts HK Momymio€eThest 30BHIIIHIMU
curHajnamu. [otiMm pocdop (P) mepeHocuThes Ha 3anuiiok acnaptaty (D), 1110 3HaX0OUTHCST Y KOHCEPBAaTUBHOMY
peuentopHomy noMmeHi RR. dochopumoBanns RR akTuBye acouiitoBaHuii (a60 JioKanaizoBaHUii) eheKTOPHUIL
IIOMEH, sIKU 3a0e3Ieuye BilllOBiIHY peakliilo KIiTuHu; B — MmyabTuKoMoHeHTHa ¢ocdoTpaHcdepasHa cucteMa
yacTo nounHaeThes 3 riopunHoi HK, sika mictuth nopatkoBuii RR-penenropuuii nomen Ha C-kiHii. BinObyBaeTbcs
HeomgHopa30Buii mepeHoc gocdopa (P), ToMy BKIIOYAETHCS TiCTUAMH-BMIlIYI0UMii hochoTpaHchepasHuii 010K
(HPt), sxuii € mocepeTHUKOM

cs1 B REC-nomeHi BinnosinHoro RR-6i1ka. B 6a- Basyrounch Ha JOMEHHiil opratizaiiii Ta aMiHoO-
raTOCTYIIHYACTIil cUrHaIbHIA cucteMi (puc. 1, B) | kucnorHiit mocnigosHocti RR-6inkiB, iX momi-
His-yrpumyrounit pocdorpancdepazumnit (HPt) | narore ma tumu A, B i mcesmo (puc. 2). Bin-
Oiok posmrsnaeTbes sIK docdo-His-nmocepen- | mocue GararctBo RR-6inkis tnmis A i B (23
HUK MiX TiOpMAHOIO KiHA3010 i OUIKOM — pery- | y apa®igorncucy i 26 y pucy) CBiZ4MTh Ha KO-
ngtopom Bianosiai (RR). PUMCTb 1XHbO1 3JaTHOCTI KOOPAMHYBATH YHUCJICHHI
Peaxuiist poCJIMHHOI KJIITMHU HA LUMTOKIHIHMU iHi- | i3iooriydi Ipoliec, IO PETYIIOI0THCI  3a
LIIOETBCS MIPUESHAHHSAM MOJIEKYJIM TOPMOHA [0 | y4acTi HUTOKIHiHIB.
ceHcopHoi rictuaubkiHazu (HK), 1mo ingykye RR-6inky Tuny A MicTATb peLIEITOPHUIA 1O~
aBTo(ocopumosanHs 3Ky His B iuromnas- | men (REC) 3 10KaabHOMO MOCTIZOBHICTIO aMiHO-
MaTM4YHOMY TpaHcMiciiitHoMy momeHi [19]. Ilicns | kucemor acmaprar — acmaprar — aisuna (DDK 3a
1poro gocdarHa rpyna MepeHOCUThCsl Ha TicTh- | HomeHkiIaryporo IUPAC-IUB) i KoHCTaHTHY KO-
muH-bocdoTrpaHcdepasnuii 6ok (HPt), 3mar- | porky C-tepMiHaibHY MOCTIOOBHICTb, (PYHKLIA
Huit dochoprmoBatn RR-niporeinn. Lli 4ymmBi | gxoi Hapasi mimiarae BusHadyeHHIO. Biaku Tumy
10 UMTOKiHIHY RR-0inkyM € OCHOBHMMHU eneMeH- | A y pocauH € GiIKaMy MepBUHHOI BiAMOBini Ha
TaMU BiINOBITHOTO (HOCHOPUIIOBATIBHOTO KACKa- | [il0 IMTOKiHiHY, OCKIJIbKM TPAHCKPHUITH IIMX
1y, 00 came BOHM MOZIYJIIOIOTb HU3XITHUI CUTHAJI, | OUIKIB HAKONMYYIOThCH B KJIITUHAX POCIUH 3pasy
L0 PETYJII0€ TPAHCKPUIILIIIO i aKTUBHICTh OUIKIB. | X ITic/s BIUIMBY LIMTOKiHIHY 0€3 ITOIEepesHbOro
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oinkoBoro cunHte3y [20]. B nocninax Ha Arabidop-
Sis MoKazaHo, 110 RR-0ijaku Tumy A 3MeHIIYIOTh
YYTJAUBICTh KJIITUH 0 LIMTOKiHIHY i HEraTMBHO
PEeTYJIIOI0Th CBOIO BJIACHY TpaHCKpumuiio [21].
RR-6inkam Tuny B Takox BiacTMBa HasiB-
Hicth REC-gomeny 3 DDK mocnigoBHIiCTIO, aje
Ha BimMmiHy Bim RR-0inkiB TMmy A BOHM Ma-
I0Tb TIPOTSKHY 1 JOCUTbH BapiabesibHy C-KiH-
LIEBY MOCJIAOBHICTb amMiHOKMcOT. Lls1 mocmi-
JIOBHiCcTh MicTUTh Myb-like JITHK-3B’s13ytouy ni-
JnsHKY, Tak 3BaHuii GARP-momeH, saxuit mpu-
CYyTHIl y ckjaai wuuoro kiacy cneurpiyHux
I POCJIMH (DaKTOPiB TPAHCKPUIILi, TAaKUX SIK
GOLDEN?2 y kykypyaszu, ARR y apabGigoncucy
i Psrl y xnamimomonanu. GARP-nijisitHKa nyxe
BapiabesibHa i OaraTa Ha TIyTaMiHOBI Ta IPOJIiHO-
Bi 3a/IMILIKY, SIKi 3a3BUYail HasIBHI B OiIKax — ak-
TUBaTOpax TPAHCKPUIMLii i, UMOBIpHO, YTpUMY-
I0Tb MEBHI CUTHAJM, $SIKi CIPUSIIOTH B3aEMOIil
RR-6inka Tuny B 3 Oinkamu HyKJjeoruia3mu Ta
SIIEPHOI OOOJOHKM, a TaKOX 3 BIAMOBIIHUMU
reHamu xpomocoMm. B mpotunexHicte RR-06in-
KaM TUIy A TpaHCKPUIILisl peryasTopiB BilMno-

Bifi OinkiB Tuiry B He 3pocTtae 3a mil IUTOKIHI-
Hy [21].

IlceBno- RR-TreHn KOAYyIOTH OIIKM Maiixe
inenTnyHi RR-0inkaMm iHIIMX TUIIB, OCKIUJIBKU
BOHU MicTsATh cxoxuil peuentopHuit (REC) no-
meH. IIpote nceBno-RR-npoteinu (PRR-6inkun)
YTPUMYIOTh [JIyTamaT 3aMiCTh LIEHTPaJbHOTO ac-
naptaty B D-D-K mnocnigoBHOCTI, 1110 3anobirae
dochopumoBanHio PRR [22]. Pazom ¢ Tum no-
KazaHo, 1o came PRR-mpoTeiHn € KOMIOHEeH-
TaMU MeXxaHi3MiB 31iliCHEHHS (HOTOIepioanIHOT
peaxiiii i HMpKagHUX PUTMIB y pociuH [23].

Kiacudikanis PRR-0inkiB HUHI gomoBHe-
Ha gogaTkoBuM C-TMIIOM IUX MPOTEIHIB, Mped-
CTaBHUKHU $SIKOTO YTPUMYIOTh PELENTOPHUI 10-
MeH, Oinbin cxoxuit Ha REC-moMeH Oakrte-
piaJIbHOI CEHCOPHOI TiCTUAMHKIHA3U, HiX Ha J10-
MeH y OinikiB TuniB A, B ta nceBno-RR y pocinH
(puc. 2).

MexaHi3zmMu peajtizaliii peryaouux BILUIMBIB
JIBOKOMITOHEHTHUX CUTHAJIbHUX CUCTEM Yy KJli-
TUHiI JIOCUTh pi3HOMaHIiTHi. [lesiki JBOKOMIIO-
HEHTHi CUCTeMM 3a CBOIM (DYHKIIIOHATBHUM TIPU3-

A
CREIl
PHt-TpancMmitep (nepenaBau)
ETRI

Rec (peuentopHUit TOMEH)

Rec-nonmi6Hmit moMeH)
Hpt (rictuaun-
bocdorparcdepasHuil 1oMeH) g

BUXIZHUI JOMEH

TOPMOHO3B’I3yIOUMI CAlT
CHUTHAJI SIIEPHOI JIOKaJi3alil
GAF-crnopigHeHuit jomeH
GARP-nomen

C

NERECE(® § 9"

P/Q-36arauenuii tomeH

ARR2

ARR4

-

M-« -

AHP1/AHP2

Puc. 2. Ctpykrypa penpe3eHTaTUBHUX €JIEMEHTIiB TBOKOMIIOHEHTHOI CUTHAJIbHOI cUCTeMU apabigorcucy: A —

riopunni kinazu CREI1 i ETR1. ®ynkuis GAF-cnopinHeHoro nomeHy y ckiaai ETR1 HeBinoma; B — peryasitropu

Bianosiai apabinoncucy (ARR). ARR2 — perynarop Binnosiai Tuny B, ARR4 — perynsrop Biamnosiai tumy A.

GARP — motuB y peryadropi Tuny B, mio Binnosinae 3a 38’sa3yBanHs 3 JIHK i ssmepHy nokarizaliito mociigoBHOCTI,

NLS — 3a B3aemogito 3 simpom. IIpoiniH- i rinuH-6arari (P/Q) noMeHu ciyryiooTh MocepefHUKaMu, sIKi MOXYThb

B3aEMOMIATU 3 0a3zaJbHUM MexaHi3mMoMm TpaHckpurmii. Tyt i mani H i D — koHcepBaTuMBHI aMiHOKMCIOTHI
3aJIMIIKY TiICTUAMHY i acrapTaTy BiAITOBiIHO
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iHWi curHamm?

(CRE1)

uyroruiasma

Puc. 3. Mogenb Gararoctyninyactoi (ocdoTtpaHche-
pa3HoOI cucTeMu apabimomCHUCy, sIKa TPAaHCOYKYE CUT-
HaJl 3 LUTOIIa3MaTUIHOI MeMOpaHu A0 sapa. CurHain
OPUMNMAETLCSI BXiTHUM OOMEHOM MeMOpaHO3B’s13a-
HOI ceHcopHoi rictunuH-KiHa3u CREI, mo Bukimu-
Kae 1 aBrodochopumoBaHHs. Pochop MepeHOCUTHCS
Ha BigmoBimHuit AHP (Ha cxemi — rictumuH-¢oc-
doTpaHcdepasHuii 6inok apabigoncucy AHP2), 1o
B3AaEMOJII€ 3 IIUTO30JILHUM PELeNTOPHUM MOJYyJIeM
kiHasu. @ochopunboBanuii AHP2 mnocrymnae B s1apo
i mepeHocuTh Gocdop Ha peLenTOPHUII TOMEH Bid-
noBigHoro RR-Oinka tumy B (Ha cxemi — ARRI i
ARR?2). ledbochopunvoBanuiit AHP2 noBepraerhcsa y
LIMTO30J1b, ¢ MOXe 3HOBY (ochopumoBarucs. Doc-
(opumoBaHHsI penenTopHoro aomeHy RR-Oinka mpu-
3BOIUThL 0 KOH(OpMAaLIfHMX 3MiH B HOT0 BUXiTHOMY
moMeHi. Lle B cBoio uepry Moxe iHIYKyBaTU 3B’SI30K
ARR-06inka tTunmy B 3 1iJIbOBOIO IMMPOMOTOPHOIO TOC-
nigoBHicTIO (Ha cxeMi — GAT-6okc y Bumagky ARR1 i
ARR?) i/abo aktuByBath ixHIO TpaHckpumiito. POLIT —
PHK-nonimepasza 11

HayeHHSIM MOXYTb OyTM NpOTeiHKiHa3aMu Ta
IHIIMMU TiIOpUMAHMMU KiHa3aMu, 30aTHUMU (HOC-
(hoprroBaTM HU3XiAHI KOMIIOHEHTH KACKamy CHUT-
HajJbHOI iH¢opMalii. B iHmMX BUMagkax ABO-
KOMITOHEHTHA CUTHaJIbHA CUCTeMa MiCTUTb BU-
XiTHUN OOMEH, 3JaTHUI B3a€EMOIISITA 3 HU3XiMd-
HOIO JIAHKOIO CUCTEMM BilMOBilli HE TiIbKU
nusIxoM ii ¢ocopuitoBaHHs, aje i IHIIUM
Crocooom.

Ha puc. 3 nmokazaHO MOXJIMBI LUISIXU peaJti-
3alil (QYHKIiA HaWOUIbII pernpe3eHTadeIbHUX
MpeNCTaBHUKIB JBOKOMITOHEHTHUX CUTHAJbHUX
eJIeMEeHTIB y apabimorcucy, MpoJeMOHCTpOBaHa
cxeMma opraHisallil CUTHaJIbHUX CHUCTEM 3a ydyac-
Ti TiopuaHoi kiHaszu CREI, 1o HajiexuTb 10
TUITY A peryJsaTOpiB BIiAIOBIII, a TAKOX CTPYKTypa
ARR-ejieMeHTIiB — MpeacTaBHUKIB JTBOKOMIIO-
HEHTHUX CUTHaJIbHUX cucteM tumy B [24]. Oc-
TaHHI MicTaTh GARP-moMeH, BiAImoOBimaabHUN
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3a B3aemomito 3 JIHK, a TakoxX mociimoBHICTH
NLS s B3aemonii 3 sapoM kiituHu. HasiBHi
B LIMX JBOKOMITOHEHTHUX CUTHAJIbHUX €JIeMEH-
Tax JAoMeHU, Oarati Ha misuH i mpomiH (P/Q-
JIOMEHU), PO3MJISAAThCS SIK TaKi, 110 MOXYTb
B3aEMOJISITU 3 0a30BUM MeEXaHi3MOM TpaHC-
kpunuii. [Mlono riopunnux kiHaz CREI1, ETRI1
Ta iH., TO € MiACTaBM BBaXKaTH, 110 BOHU MPHU-
YEeTHI 0 LIMTOKiHIHOBOI PEryJIsiiii poCTy Ta pO3-
BUTKY POCJIMH.

3a manumu Pomanona [25], y apabimorcucy
nuire 61m3pko 1 % BCiX aKTMBHUX TEHIB MOX-
Ha BBaxaTW TeHaMM TIepBMHHOI BiAIOBiII Ha
LIMTOKiHiH, 00 eKCHpecisl came LMX T'eHiB 3poc-
Ta€e abo OJIOKYEThCS B mepiii 15 xB 11ii ropMoHa.
OpHUM i3 TIepIINX BUSBICHMX LUTOKIHiH-YYT-
JIMBUX T€HiB OYB I'eH peryisitopa Bianosiai ARRS
(Bim Arabidopsis Response Regulator 5). Tpanc-
KPUIILSl 1IbOTO TeHa 1IBUIKO aKTUBYBajiacsl LIMTO-
KiHiHOM, MPUYOMY iHTIOITOP TpaHCSLIl LIUKIO-
reKCUMMiI He BIUIMBaB Ha 1Ieil IIpolec, 1o
CBITUMTH TIPO HE3aJEXKHICTh OCTAHHBOIO Bil 0i0-
cuHTe3y Oinka [20].

Kpim reHa ARRS, y apabigoricucy BUSIBJIEHO
e ciM OJIM3bKOPOAUHHUX T€HIB — PeryjisiTopiB
BianmoBiai uporo tumy. Lli reHn oOyMOBIIOIOTH
(byHK1IiI0 JBOKOMIIOHEHTHOI CHUCTeMU TpaHC-
OyKuii curHamiB [26, 27]. 3HauHa 4YacTUHA Te-
HiB, Oe3MocepeHbO YYTIIMBUX A0 LIUTOKIHIHY, €
reHaMy TpaHCKPUTILIIHHUX (PaKTOPiB i iHIIKX pe-
IYJISTOPHUX OUIKiB, 110 MAalOTh IIPOTEIHKiHA3HY
abo (ocaTazHy aKTUBHICTb (CEpUH-TPEOHIHOBA
npoteinkinaza, CBL-B3aemomitoua mpoTeiHKiHa-
3a 3, IMOBIpHO — TUPO3UH-(Pocdarasa TO1uIO).

Hwuni BBaXaeTbcsl 3araJlbHOBM3HAHUM, IIIO
apabimomncuc Mae Tpu OJIMU3bKI 3a OydOBOIO
CEHCOPHI TiCTUAMHKIHA3M, $SIKi Oe3MocepeaHbo
B3aeMOMiOTh 3 nutokiHiHaMu — CRE1/AHK4,
AHK3 i AHK2. IToni0OHi 3a OymoBOIO pelenTo-
PY LIMTOKIHIHY BUSIBJIEHI 1 Y iHIIMX €BOJIIOLIN-
HO BigJaJieHUX Bim apabimoricucy BUIIB POCIUH
(kyKypyasu Touo) [28, 29].

Crpykrypa peuentopa nutokidniny CRE1/
AHK4 gBnsie co0010 CeHCOpHY TiCTUIMHKIHA3Y,
10 CKJIANa€eThCs 3 JeKilbKox aomeHiB. Ha N-
KiHIi OiJIka po3TramoBaHa mapa TiapodoOHMX
JOMEHIB, SKi BU3HA4YalOTh TpaHCMEMOpaHHY JIO-
KaJjizaiito penenTtopa. diIssHKaA MOIIMENITUIHOTO
JIaHLIIoTa, 10 3HAXOAUTHCS MiX TiIpodoOHUMU
CerMeHTaMM, pO3TalllOBYETLCS I103a IIa3Malie-
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MO0, TOOTO 330BHI KiiTnHU. g mingHka roMo-
JIOTIYHA JIiraHA-3B’SI3yI0OYUM JOMEHaM OaraTbox
IHIIMX peuenToOpHUX OUIKIB i oTpuMaja Ha3By
CHASE (Bin Cyclase Hystidinekinase-Associ-
ated Sensing Extracellular) [30, 31]. Came ueit
CHASE-nomeH BiAmoBinae 3a ymi3HaBaHHS Ta
3B’s1I3yBaHHs LIMTOKiHiHYy. LleHTpaibHa yacTUHaA
OiKa, IO 3HAXOOUTHLCS BCEPEAMHI KIITUHMU,
MICTUTD JEKiTbKa TOMEHIB, OIWH 3 SIKUX € JIO-
MEHOM 3 aKTMBHICTIO rictuanHkinasu. Ha kpaio
1ILOTO JOMEHY pO3TalllOBaHWI 3aJUIIOK TaK
3BaHOTO0 KOHCEPBATUBHOIO TiCTUIMHY, 31aTHOTO
akuentyBatu ¢ocdar Big ATP. Ha C-xinmi
OiKa MiCTUTbCS TUMOBUU CHpUMaOUUA 10-
MEH 3 KOHCEpPBaTUBHUM 3aJMILIKOM acrapTaTy,
30aTHUM MepexoruioBatu docdar Big ¢ocdo-
FiCTUAMHY. 32 CyYaCHUMMU YSIBJIEHHSIMU B3a€EMO-
nist nutokiHiHy 3 CHASE-gomMeHOM Tpu3BOAWTH
0 AUMeEpU3allil pelenTopiB i aKTUBaIlii IXHBOI
TICTUAMHKIHA3HOI aKTUBHOCTI, BHACIIIOK YOTO
crnepiry (pochOopUIIOEThCST 3aIMILIOK KOHCEpBa-
TUBHOTO TIiCTUAWHY BCEPEAMHI TiCTUAMHKIHA3-
HOTO JIOMEHY, a MOTiM Lieil BUCOKOEHEepreTud-
HUK ¢dochar MepeHOCUThCS Ha 3aJTUIIOK KOH-
CEpBATMBHOIO acmapTary, 110 MiCTUTbcsl B C-KiH-
LIeBilt yacTuHi Oinka [25].

TakuM 4MHOM, MEPBMHHA peakliisl BiAMoOBiai
Ha IUTOKIHIH IIOJISITA€E B JIAHLIOTY MOMil, IO
po3rnouyrnHalTbesd 3 N-KiHLS i MOLIMPIOIOTHCS
no C-xiHug ceHcopHoi rictunuakiHazu CREL/
AHK4. THuI 1MTOKIHIHOBI peuenTopu apadi-
norncucy — AHK2 i AHK3 — 3a crpykryporo
noni6Hi mo rictuauHkinazu CRE1/AHK4 (3a
aMIiHOKMCJIOTHUM CKJIAJIOM ifeHTnuYHi Ha 54 %),
ajie BiIPi3HSIOTbCS KiIbKICTIO TpaHCMEMOpaHHUX
CEerMeHTiB, 1110 3HaxonsTbes nopyy 3 CHASE-
JIOMEHOM. 3a CBOEIO CTPYKTYpOIO CEHCOPHI Tic-
TUAMHKIHA3M — PELENTOpPU LIMTOKIHIHIB — € BaX-
JIMBUMU CKJIAJOBUMMU JBOKOMITOHEHTHOI CUCTe-
MM Tiepejadi CUTHajiB, sIka 3a CBOEIO OpraHi-
3alli€l0 JayXe Haraiaye JBOKOMIIOHEHTHi CHUCTeMU
npokapiortiB [32].

ITin BrmMBoM cretiyHOro CUTHAIY pelern-
TOp POCAMHHOI IBOKOMIIOHEHTHOI CUCTEMM M-
Mepu3yeThcs, (HochopuIIoeETbCS 1 Aaji nepenae
CBili ¢ocdar Ha 3anuIIOK acraprary Oijika —
peryasitopa Bianosini. [Ilo6 akTuBoBaHuUit (oc-
dar gocsar cBoel MeTH, a came (pakTopa TpaHC-
KpPUIILIii ABOKOMITOHEHTHOI CUTHAJIbHOI CHUCTEMU
(y apabigoricucy ui (pakTopu Ha3UBAIOThCS

ISSN 0564—3783. Llumonoeus u cenemura. 2012. No 5

ARR-B), BiH Mae OyTu nepeHeceHut Bin Tiei uu
iHIIOT MEeMOpaHU Y SIIPO 3a JOMOMOTOIO TIEBHOTO
rnepeHocHuKa. Y apabigoricucy ineHTruhiKoBaHO
M’ITh TaKuX OiJIKiB-TIEPeHOCHUKIB, Ha3BaHUX
TpaHCMiTepaMM, $IKi 3#aTHI BiggaBaTH CBIld
docdar peryaaropam Bigmnosiai Tuny B. ARR-B
3aBasiku HasgBHOCTI y HUX GARP-n1oMeHy 31atHi
no cait-cneuudiyHoro 3B’s3yBaHHs 3 JIHK vy
ckiami mpoMoropiB reHiB. Ili KOHceHCycCHiI Mo-
crimoBHocti JHK wmictare AT-0Oarati MOTHBU
i posmizHaroTbesi GARP-gomMeHaMu nuMepHUX
¢opm ARR-B. 3’scyBanocs, 110 KOHCEHCYCHa
MOCHiIOBHICTh AJ1s1 (hbakTopa TpaHcKpuIiii ARRI
SIBJISIE COOOI0 MaJIiHAPOM abo0 TCEeBAONAiHAPOM
tunry AAGATC [33].

Bracainox ¢ocdopumoBanis ARR-B-tpaHc-
KpUNUiAHUX (akToOpiB [eKilbka AecsITKiB Tre-
HiB, 110 MalOTb KOHCEHCYCHi MOCJiIOBHOCTI Yy
MPOMOTOpAaX, aKTUBYIOTbCSI 00 iHTiIOYIOThCS BXe
yepe3 AeKiJibKa XBWJIWH Micasl Mii LUTOKiHiHY.
Ile i € Tak 3BaHi paHHi reHU, A00 TeHU MEPBUH-
HO1 BilMOBii Ha ropMoHaJbHU# BIUIMB. [lpu
LIbOMY LIMTOKiHiHM MaJIO BIUIMBAlOTh Ha TpaHC-
KPWUIILIiIO TeHIiB BJIACHUX OiJIKiB JBOKOMIIOHEHT-
HOI CHMTHAJIbHOI CHCTeMM, sIKa 0e3mocepeIHbO
Oepe ydacTb y IPOBEIEHHI LIMTOKIHIHOBOIO CHTI-
Hany. He3HauHuWii MO3UTUBHUI BIUIMB Ha 3a3-
HayeHy TPAHCKPUIILIIO CIIOCTEpiraau JUIIe IJIs
ricrunuakinasu CRE1/AHKA4.

B npoTuiiexHicTh 1IbOMY TPaHCKPUIILISI Te-
HiB — peryasaTopiB Bianosiai tuny A (ARR-A)
BUSIBJISIE OiblI iCTOTHY 3aJIeXXHiCTh BiJl HasiB-
HocCTi UMTOKiHiHY. Perynsropu Binmosini ARR-A
B OCHOBHOMY TOMOJIOTIYHI peryjstopam Tuiy B,
ajie BiIpi3HSIOThCS Big HMX BiacyTHicTio JTHK-
3B’SI3yIOUOT0 JIOMEHY. TakKuM UYMHOM, peryJs-
TOpPU BIAMNOBiAI TUIy A He € 0e3rnocepeaHiMu
¢dakTOopaMu TPAHCKPUIILiI, 3aTeé BOHU MAalOTh
(YHKIIOHAJIBHUI PECUBEPHUI AOMEH, 3MaTHUIA
npuiiMaTd akTuBOBaHUil docdar Big ¢ocdo-
TpaHcMitepiB aHanoriuHo ARR-B. IluMm i mosic-
HIO€TbCS poJib ARR-A sIK HeraTMBHUX pPeryJisi-
TOpiB [ii LUTOKiHiHY. CTUMYyJISLiSI TOPMOHOM
CUHTE3y 1IbOTO KJIaCy PeryJsTOpiB MpPU3BOAWUTH
0 e(eKTUBHOIO MePeXOIJIeHHS HUMU 3HAYHOI
YacTMHUM aKTMBOBaHUX ¢ocdariB, 110 3a3BHYai
HaIpaBisilOTbCS B SIIpO, 1 piBEHb LMTOKiHIH-
iHIYKOBaHO1 TPaHCKPUIILii 32 LIUX YMOB 3MEH-
LIYETbCS 4Yepe3 HU3bKWI pPiBEHb aKTUBOBAHUX
dakropiB TpaHckpuniii ARR-B. 3a nonidbHoro
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CXEMOI0 MOXYTb MiITA ¥ iHIII MOMYJISITOPU
LUTOKIHIHOBUX €(PeKTiB — IMepBUHHI CIIUPTHU, iH-
riditopu mporeiHdocdaras, mpoTeiHkiHa3, Goc-
¢onimaz rpynu D i T.m. [34, 35]. Takum
YMHOM, MOXHa 3a3HAaYWTH, 110 HAATO CHJIbHA
aKTWBallisl TeHiB NMEPBMHHOI BiJIOBili HAa LIMTO-
KiHiH OJIOKYETBCS ICEBAOPEryIsITOPAMMU TPAHC-
kpurnuii ARR tuny A, a BiICyTHICTb LIUTOKiHi-
HOBOTO CUTHAJTIHTY MOXe YaCTKOBO KOMIICHCYBa-
THCSI (DOHOBMMHU CUTHAJlaMU iHIIMX CEHCOPHUX
ricrupuHkinas [36, 37].

Jomenna opramizamisi RR-0iIKiB mpokapioTiB Ta
eykapioriB. Clifi 3a3Ha4uTH, 110 JIOMEHHaA Opra-
Hizalisgs RR-OUIKiB y poCiauMH Ta iHIIMX >XUBUX
CUCTEM Mae 0araTo crijibHoro. HaliBaxinBilum
JOMEHOM Y CTPYKTYpi OiIKiB-peTyIsITOpPiB Pi3HO-
To TIOXOMKEHHS € paHillle 3ragaHuil perenTop-
Huit (REC) nomeH.

CimeiictBo mnociigoBHocTeidi REC HanexuTtb
no HaacimeiictBa CheY-like (CheY-nomiOHux)
JIOMEHIB, TIPEACTABHUKU SIKOIO Pa3oM 3 iHIIUMU
JTOMEHAMM BXOISTh OO CKJIaAy PeryJsITOpiB Bifd-
MOBili, HASIBHUX y IIPOKAPiOTHUX Ta €YKapiOTHUX
opraHi3miB [38]. «Perynsarop Bigmosigi» (RR) —
e OimoK, HaiyacTilie (pakTop TpaHCKPUIILL,
Ha3Ba SKOTO Y3TOIKYETHCSI 3 MOro OCHOBHOIO
(byHKILIi€EI0 — peryJsili€lo BiOMOBIAHOI peakiiii Ha
JIi10 CUTHAJTy, OTPMMAHOIO Bill MaTepHYy CEHCOPIB i
nepeaaHoro 4yepe3 MOro JBOKOMITOHEHTHY CHC-
TeMy Ha iHIIi MOJIEKYJIU Ta CTPYKTYPU KIIITUHU
3a il Ha Hel YMHHMKIB CepeIOBUIIIA.

T'enn uwucnaeHHux npokapioTHux RR-0iKiB
CEKBEHOBAHO, 3’SCOBaHA IXHS MNEPBUHHA CTPYK-
Typa i JoMeHHa opraHizauis. Galperin [38] mpo-
aHamizyBaB 4610 GakrepianbHux RR-06inkiB, pos-
komoBaHux y 200 BumiB OakTepiii Ta apxei, i
KJ1acuikyBaB BCi PerysiTopu BIAIIOBiIi 3a/1exX-
HO Bill HasIBHUX B IXHbOMY CKJIai TUX YU iHILMX
nomeHiB. Perynsaropu TtpaHckpunuii i3 JHK-
3B’s13ytounMu goMeHaMmu cimeiictB OmpR, NtrL
i NtrC suHaiineni y ckiani maiixe 60 % Bcix RR-
OiJIKiB; PEryjsiTOpyu TPAHCKPUIILI 3 IHIIMMU
AHK-3p’s13ytounmu  nomeHamu (LyTR, AraC,
SpoOA, Fis, YcbB, RpoE, MerR) cxnamanu 1ie
6 %. Peluta (Gist TpeTMHU) BCiX MpoOaHaIi3oBa-
HUX peryjasTopiB IIpeAcTaBlieHi OAMHOYHUMU
REC-nomenamu (14 %) abo ixHiMu KoMOiHalli-
amu 3 pizHuMu ¢epmeHtatuBHuMu (GGDEF,
EAL, CheB, CheC, HisK Ta in.), PHK-38’4-
gyrounMu (ANTAR i CsrA), Oinok- abo -

78

rann-3B’s3ytounmu (PAS, GAF, TRP, CAP, ED,
HPt) noMmeHaMu 4M 3 HOBUMU, IIOMHO BUSIBJIE-
HUMU JOMEHaMU i3 HEBiIOMUMM (QYHKIIISIMU.
PizHOMaHITHICTb JOMEHHOI apXiTeKTypu i GaraTc-
TBO aJbTEPHATMBHUX KOMOIHALIii JOMEHIB CBig-
YyuTh, 10 acouiauiss peuentopHoro REC-mome-
Hy 3 Pi3HUMM BUXiZHUMM JIOMEHAMU — L€ ILM-
POKO PO3IOBCIOMKEHUI €BOJIIOLIIITHO CTBOPEHUIA
MEXaHi3M PeryJisilil TPaHCKPMIILil, aKTMBHOCTI
¢depMeHTIB i OiTKOBUX B3aeMOill 3a BiAMOBidi
OpraHi3My Ha BUKJIMKHU CEPEIOBUIIIA.

Sx yxe 3a3zHavajocs, TUIIOBAa cxema OakTe-
piasibHOI ABOKOMIIOHEHTHOI CUTHAJILHOI TPAHCIYK-
1l BKJIIOYA€E B ce0e CEHCOPHUIl curHana (3B’s13y-
BaHHS JliraHaa abo iHia KoHbopMalliliHa 3MiHa)
3 OOKY CEHCOPHOI TiCTMAMHKIHA3M, 10 IIPU3-
BOIMTH 10 ii aBToochopumoBanHs. ITicist 1po-
ro ¢ocdaTHa rpyna NepeHOCUTHCS Ha 3aJIMIIOK
acrapariHoBoi KuCJIOTH N-TepMiHaJIbHOTO KiH-
us1 REC-momeny BimmoimHoro RR-06inka, 1o
3MiHIO€ BnactuBocTi C-tepMmiHanbHoro JJIHK-
3B’s13ytouoro gomeHy. JIHK-3B’s13yioui momeHu
pisHux RR-06iiKiB BUSB/ISIIOTH MEBHI Bapiallii xa-
paKkTepHOI1 Wil HUX CTpyKTypu <«helix-turn-helix»
(HTH), sxa moxe Hanexatu no NarL-tumy,
Omp-tuny, «Winget helix», SpoOA-Tuny, Fis-
like cTpykTypH TOIIIO.

Binbuiicte RR-6inkiB tumy B 3a3Buuaii ckia-
JMAlOThCS 3 MIISTHKW, A€ PO3TallloBaHO peler-
top (REC), nokanizoBaHuii Ommxue n0 N-
KiHLISI TIpOTeiHy, Ta AISHKU BapiadenbHoro C-
TEPMiHAIBLHOIO €(PEKTOPHOIO AOMEHY, SIKWIA BCTY-
Ma€ y B3aEMOJiI0 3 BiAMOBiAHOIO IUISIHKOIO iH-
moro 6inka a6o moznekyau JHK (winboBum re-
HOM) B TIpolieci perysiii TpaHckpumnuii [39].
BapiabenbHicth C-TepMiHaJIbHOTO IOMEHY 3a0e3-
rnevye noiaiMopgizm OLIKiB-peryJsITOpiB IaHOTO
TUITY i OOYMOBJIIOE IXHIO B3a€EMOIiI0 HE TiUIBKM 3
JHK, ane i1 3 PHK, 6inkamMmn Ta HU3BKOMOJIE-
KyJISIpHUMHU edeKTopaMu.

VY crpykrypi tunoBoro REC-yTpumyrodoro
OiJIKa-peryasaTopa BUAISIOTh YOTUPU (DYHKIIIO-
HaJbHUX CaMTU: akTuBalii, (pochopuaoBaHHI,
MiXKMOJIEKYJISIPHOI B3a€EMOil Ta OUMepHU3allii.
Came y Takiil IMOCHIZOBHOCTI 1Ii caliTM po3Ta-
moBaHi B cTpykTypi REC-momeny Bigm N- 1o
C-xinug [40].

IIIo crocyerbcsa momupeHocTi REC-gomeny
B MPUPOJI, TO BiH € ONHMUM i3 HAWOLIbII TaK-
COHOMIYHO YHiBepcaJbHUX Ta (PYyHKIIOHAJIBHO
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BaXXJIMBUX CTPYKTYpP, 1O 3YCTPIiYarOThbCS Y BCiX
MpeACTaBHUKIB XMBOI IIPUPOAM Bim apxei i
BipyciB A0 MoguHU. Y MIXKHaApOOIHOMY OaHKY
MIPOTEIHOBUX CUKBEHCIB HMHI HapaxOBYETbHCS
nmoHax 62 THUC. TIPOTEIHIB, IO MICTATh Y CBOI
ctpyktypi REC-momen. Ilpu 1mbomy KiJbKiCTb
TakuX OIKIB y IIpeICcTaBHUKIB IIPOKapiOTiB
(BKJIIOYAIOUM JIMILIE IT’SITh BUIB BipyciB Ta 50 BUIiB
apxeii) HapaxoByeTbcsl B 30 paziB Oiiblie, HixX
y pOCIMH Ta TBapuH pa3zom y3satux. Ciig 3a3-
Hauutu, o REC-gomMeH BUTpUMaB TpUBAIUIA
MNpUPOIHUIA J00ip i 3a Yac eBOJIOLIl MOHAH TpHU
MIIBSIpAM POKIB 3yMiB 30€perT KOHCEPBATUBHY
OyHOBYy CBOIX MOCHiZOBHOCTeW. Tak, Hampukiam,
REC-nomen PRR-0i1kiB M’9KOI MIIEHULI Ha
39 % inentnunuit REC-moMeHy roMosI0riuHOro
dakropa TpaHcKpuILii y 0akrepii Desulfuromo-
nas acetoxidans [38].

IMporsekHicts C-kiHueBoro CCT-goMeHy Yy
ckiani RR-6inkiB tuny B craHoButh 42—45
aMiHOKWUCJIOTHUX 3aIuIIKiB. LIf0 MociiIoBHICTh
BUSIBJIEHO B CTPYKTYypi C-TepMiHaAIbHUX AiISTHOK
OLIIKiB, 110 3AiMCHIOIOTH TPAHCAYKIIilO CBITJIOBOTO
CUTHaly Yy 0araTbOoX pOCIMHHUX OpraHi3MiB
(6mm3bko 700 3a3HaueHUX ONPOTEiHIB y moHan 70
BUIB POCJIUH — BiJ OMHOKJIITUHHUX, HAIIPUKJIaI
Chlamydomonas, no Buiux ¢opm). Ilpu mpomy
CJIiI 3a3HAYUTU, 110 JO CHhOTOIHI 1Iefl TOMeH B
MpoTeiHax TBapUH a00 OPLKIKIB BUSBUTU HeE
Brasiocs [40]. ¥ cTpyKTypi JOMEHY MepeBaxKaTh
nyxHi amiHokucinotu. CCT-momMeH MiCTUTH Ta-
KO CUTHAJI SIAEPHOI JIOKadi3allil, IIpo SIKUM BxkKe
3raayBajocs.

Cama HazBa CCT noxoauTh Big Ha3B Ci-
MENUCTB BimOMHUX (PaKTOpiB TPaHCKPUIILIl TUITY
CONSTANS (CO), CONSTANS-like (CO-like)
ta TOCI (timing of CAB expression), mpenu-
CTABHUKU AKUX MICTIATb TOMOJIOTIUHI JiITIHKU
y C-tepMminanbHiii ob6macti [39]. CCT-momeH
BUSIBJIEHO TaKOX B acoliallisX 3 iHIIUMHU J0-
MEHaMM, Harpukian, 3 B-00KCOBUMHU «IIMHKO-
BUMU TIAJBLSIMUA», @ TAKOX 3 TTOCTiMIOBHOCTIMM
GATA-, ZIM- ta RRC-tumis, sKi, MOBIpHO,
Takox OepyTh yyacth B JIHK-0iakoBux i 0i10K-
OLIKOBUX B3aemomisix [41].

Acotialisi B-60KCOBUX IIMHKOBUX MaJbliiB 3
CCT-1ocniI0BHICTIO BiAIMOBIIHOTO TeHa CIOCTe-
piraetbcst 'y Bumnagky Oaratbox CCT-momeH-
YTPUMYIOUUX IPOTEIHIB (HaIrpukian, (aKTOpiB
tpanckpunuii Tumy CO). I xoua posnb B-06okcy,
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JiokajnizoBaHoro B niisgHii CCT-momeHy, ocra-
TOYHO 1I¢ He 3’scoBaHa, (PyHKIiOHAJbHA 3Ha-
YYIICTh i€l CTPYKTYPU OYE€BUIHA, OCKIJIbKU
BIICYTHICTh B-00KCYy BUK/IMKA€E BTpaTry (PYHKIIO-
HanbHOI akTuBHOCTI CO i TOCI mporteiniB apa-
oinonicucy [42], VRN2 nmenuui [43] Ta Oin-
KoBoro nponaykry reHa PPD-H1 sumeH1o [8].

Takum 4ymMHOM, OIIKM, IO MICTSITh Yy CBOIN
crpyktypi CCT-gomMeH, 3aIy4yeHi B TaKi BaxKJIUBi
MpoliecH, SK BiANOBiZHA peakiisl MIICHMI Ha
spoBu3aiio [43], ¢oronepioguyHa UYyTIUBICTh
pucy [44], sumeHto [8], nmieHuui [45], a Takox
faraThOX iHIIMX BHUIAIB POCIUH [46]. Y Oyib-
SIKOMY BUTMAJKY, IPYHTYIOUMCh Ha YMCJIEHHUX
CIHOCTEPEXEHHSIX Ta eKCIlepUMeHTax, CJii 3a3-
Ha4YUTHU, 110 OiIKU, SIKUM BJIACTUBUI e(heKTOp-
Huit CCT-gpoMeH, MEeBHUM CIIOCOOOM OepyTh
y4acTh y peryisiil OUpKagHUX PUTMIB Ta Bifd-
MOBIAHUX peakilii POCIUHHOTO OpraHi3My Ha
JIif0 YMHHMKIB 30BHIIIIHBOIO CEPEIOBUIIA, TAKMUX
SIK CBITJIO, TeMIIepaTypa Ta iH.

I'enetnuyna nerepminamisa i peryasuis doro-
nepionuyHoi peakuii y pocamn. CepeJi TOJOBHUX
30BHIIIHIX YMHHUKIB, 10 BUSIBJISIOTH HAWOiIb-
LM BIUIMB Ha MOP(OTeHEeTUYHi MPOLIECH POC-
JIMH, CJIii Ha3BaTW CBITJIO Ta TeMIlepaTypy.
Excnpecis reHiB, 1110 PeryjiolThCsl CBITJIOM, Y
POCJIMH KOHTPOJTIOETLCSl PI3HUMHU KJjlacaMu (poTo-
pelenTopiB, sIKi (byHKIIIOHYIOTb 3a y4dacTi pi3-
HUX CUTHAJbHUX MoJieKyn [47].

B nerekuii iHTEHCHMBHOCTi, CIPSIMOBAHOCTI
Ta TPUBAJIOCTI OMNPOMIHEHHS OEpyTh YYacTh
JIBa YMCJIEHHUX Kjacu ¢oropeuenTtopiB: 1) abd-
copOyIoui YepBOHE CBITJIO (DITOXPOMHU i XJIOPO-
¢in; 2) BubipkoBO abCopOylo4i CHHE CBITIIO
¢doTopeenTopu — KPUIITOXPOMH, (POTOTPOILH
(knroyoBuit peuenTop ¢GOTOTpOMi3aMy) i Kapo-
tuHOimn [48, 49]. ditoxpomu OyIM igeHTHU-
¢ikoBaHi K IIIrMEHTH, HE 3JaTHI O0 (oTo-
CUHTETUYHOI aKTUBHOCTI, ajie HeoOXimHi miIs
¢oTonepiognuHOl AeTeKIlii Ta iHAYKIIii IBITIHHS.
3rigHoO 3 Cy4YacHOIO XiMiYHOIO HOMEHKJIATypOIO
(iToXpoM SIBJISIE COO0I0 XPOMOIIPOTEIN, B IKOMY
MIrMEHTHAa YacTMHA MOJIEKYJIU TPUENHAHA KOBa-
JIEHTHUM 3B’$I3KOM JI0 CYOOIMHMIIb arloIpOTEIHiB,
KOJAOBaHMX YMCJIEHHUM CiMeiCTBOM TeHiB (Ha-
npuknan, PHYA- ta PHYE-reHu y apa0inorcucy)
[48]. DiTOXpOMM KOHTPOIIOIOTh KUTTEBUI LMK
pOC/IMH, 3a0e3MeUyloTh CIPUMHSTTS pOCIMHAMU
HasiBHOCTiI ab0 BiZICYTHOCTi CBiTJiIa, YUHHUKIB —
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00MexKyBauiB POCTy, PEryJiolTh Mpolecu (oTo-
TpomizMy, (POTOTAKCUCY, CIPUMAHSITTS CUTHAaJiB
¢oronepiogu3amy i mepexomy y ¢aszy UBITIHHS
[50]. 3a mormomMoroi reHeTUYHOro aHami3y ideH-
TU(}IKOBAHO Ta KJIOHOBAHO YMCJIEHHI I'€HU aIlo-
MPOTEiHIB (iTOXpOoMiB. 3’sICOBAaHO, 1110 iCHYIOTbH
npuHaiMHiI 1Ba Iyad itoxpomiB: 1) cBiTIONA-
OLIbHMIA THUM, IO IIBUAKO AErpaaye 3a IiB-
TOAMHHOTO OMNPOMIHEHHSI YEPBOHUM YU OLIUM
CBITJIOM; 2) CTIMKMI CBITJIOCTAOLIBHUI THIL.
I3 m’aru pizHux BuAiB (PIiTOXpPOMiB, YMOBHO
HazBaHux phyA—phyE, d¢itoxpom phyA enu-
HUI, 110 HaJeXUTb O0 Tmepiuoro tumy. Came
e (iToxpoM Bimirpae BaXJIMBY pOJib y KOH-
TPOJIi HUpKagHUX (1000BMX) PUTMIB Ta TEPMIiHiB
3alBiTaHHS pociauH [48, 51, 52].

KpuntoxpomMu pociavH — L€ XpOMOMIpPOTei-
IU, SKi MICTATh (bJIaBiHAAEHIHAMHYKIIEOTUI
(DAJl) i nTepuH Ta BUSBISIOTh 3HAUHY TOMO-
qorito go JHK-¢otoniaz, mo € depMmeHTamu
penapanii JIHK, ymkomkenoi Y®-onpomiHeH-
HaMm. OmHaK KpUOTOXPOMHU Ha BiAMiHY Bia ¢o-
TOJlia3 MaloTh iHIII 3a OymoBoro C-TepMiHalIbHi
pomeHu CCTI1 i He BMSBISIOTH (OTONIA3HOI
aKTUBHOCTI [52, 53].

YucneHHi gaHi CBigyaTh PO MOXKJIUBY B3a€-
MO/Ii10 KPUIITOXPOMIB 3 (hiToXpoMaMu. ¥ TpaHC-
reHHUX pocauH apabigoncucy kpunrtoxpom Cryl
Moxe ¢ochopuiiioBaTUCs MPOTEIHKIHA3010 BiB-
ca — ¢itoxpoMoM phyA, a celleKTUBHI MyTaHTHI
ajesli cryl BM3HA4YalOTh PaHHEKBITYYMIT (eHO-
I, BiactuBuil i phyB myrantam. HuHi € mo-
Ka3y BapiaTUBHUX B3aEMOBIIHOCHMH MiX JIBO-
Ma KjacaMu (pOTOPELEIITOPIB, BKIIOUAIOUM IIepe-
BaXXHUM BIUTMB OJHOTO i3 3a3HAaUe€HMX KJIACIB,
AQHTAroHi3M MiX HUMHU i B3a€EMOJiI0 3a THUIIOM
eexTop/monynarop [54, 55]. Lli B3aemomii
pi3HUX (poTOpeLenTopiB MixXK cO00I0 Ta 3 iHIIU-
MM KOMIIOHEHTaMU KJIITMHU OyXe HaramymTb
MOBENiHKY TUIOBUX CEHCOPHUX IBOKOMITOHEHT-
HUX cucTeM 3a ydacTi RR-0i1KiB — peryisiTopis
Bianogini. KapOoxkcurepmiHaabHa MOC/IIOBHICTD
(IiTOXpPOMIB MOXE PO3IJISIIATUCS SIK BUXiIHUI
(output) moMeH i, SIK 3’5ICyBaj0Csl, YTBOPIOEThCS
BHACJIIAOK AYIUTiKaLil JOMEHIiB, MOMIOHMX [0
GakTepiasibHOI TicTUAMHKIHA3M [56]. Tlepimii i3
LIMX IOMEHIB MiCTUTb JBa MOBTOPU, 110 FOMO-
Joriydi nocnigoBHOCTSIM PER-ARNT-SIM (PAS)
noMmeHiB [57]. Cnepiuy Ui mOCIiZOBHOCTI Oyiu
ineHTU(diKOBaHI B OCHOBHMX TaK 3BaHUX «CITi-
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pamsix—nemisax—ciipaaix» (helix—loop—helix —
KHLH), 1110 yrpumMyoTh (pakTopu TpaHCKPUIILIII,
gaki BusiBiieHi y Myx (PER i SIM) Ta ccaBuiB
(ARNT i AHR) [58].

Ili Momyni 3HaiineHi y pi3HUX OpraHi3MmiB.
BoHU BUKOHYIOTH BaXKJIMBY CUTHaJIbHY pOJb Y
MiKOIJTKOBMX B3a€EMOJISIX, B peakilisix BiAMoBii
POCJIMH Ha OCBITJICHHSI, HA piBeHb KMUCHIO Ta iH.
ITpo BaxiuBicTe PAS-goMeHiB 1151 (yHKIIIOHY-
BaHHs1 (iToxpomiB cBiguaTh Mytauii phyB-101
B npyromy TmioBTopi PAS-nmomeny. Ili myrauii
BIUIMBAIOTh Ha CHEKTPaJibHiI BJIACTMBOCTI ITirMeH-
TY, BUKJIMKAIOUM MTPUCKOPEHY (DOTOKOHBEPCilO aK-
TUBHOI (hopmu ¢ditoxpomy Pfr B HeakTuBHY Pr
i, K pe3yabTaT, MOPYLIEHHS KOPOTKOJAEHHOI
peaxiiii Ha Jajeke YepBOHE CBITJIO Y MapOCTKiB
pi3HuUX pociauH [59].

BinkpuTTs ocTaHHiX pOKiB CBigyaTb IpO Te,
110 (PiTOXpOMU YHiBepCaabHi, BOHU BUSBJISIIOTHCS
K y Tpo-, TaK i B e€yKapioTiB i (PyHKIIOHYIOTb
K TIPOTEIHKIHA3M, IO PEryIloIOThCS CBITIOM.
3’9COBaHO, 1110 OCBITJIEHHSI MPU3BOAUTL IO aBTO-
dochopuntoBaHHs diToxpomiB. [3o1boBaHMI i3
pocivH phyA BusiBUBCcs (ochonpoTeiHoM, Y
SIKOTO0 MpUHAWMHI OfHa CYOOAMHULIS MiAJisirae
aBropocoproBaHHIO 200 (hochOopUTIOBAHHIO iH-
wuM diroxpomom [60]. BcraHosneHo, 1o ¢oc-
(poakilenTOpHUM CaiTOM B PEeLENTOPHOMY IO-
MeHi (hiTOXpOMY CJIYIYE MEPEBAXXHO CEPUH i 110
¢itoxpomu 0Ge3nocepeaHbO OepyTh y4acTb y
dbochopunoBaHHi Kpunroxpomis [61].

OcraHHIM YacoM BUSIBJAEHO 1 iHII iTo-
XpOMKiHa3Hi cyoctparu, Hampukian PKSI-mpo-
TeIH LUTOIJIa3MU, SIKM B3a€EMOJIIE€ 3 KapOOKCU-
TepMiHAJbHOIO TOCHimOBHICTIO phyA abo phyB.
€ iHdopmanis, mo PKSI1 € HeraTuBHUM pery-
ngropoMm phyB curnanmis, i ug ¢ynkuis PKSI1
Mmow’s13aHa 3 #oro QochopuwioBaHHIM (HiTO-
XpoMKiHazamu [62].

IlepBuHHI peakilii BiAMmoBiai, BUKJIMKAHI CUT-
HajlaMu (biTOXPOMiB, MOJISITalOTh Y 3MiHaX Mpo-
HUKJIMBOCTI MeMOpaH, a BTOPMHHI — 3 aKTU-
Ballil XpOMOCOMHOTO arapary i ekcrpecii ¢ep-
MEHTIB. 3a J0ITOMOror (apMaKoJIOTIYHUX METO-
JliB, BKJIIOUHO MiKpOiH €KIIiii MOXJIMBUX BTOPUH-
HUX MECEHXEepiB B MYTaHTHiI POCIMHU TOMATIB
i3 TOpPYILIEHUM CHUHTE30M (PITOXpOMIB, imeHTU-
(pikoBaHO paHHI MOCEpPeNHUKU CUTHAIIB (PiTO-
xpoMmiB — rereporerpamepHi G-0inku, cGMP i
KanbLiit [63]. Lli BTOpUHHI MeCeHKepU iHAYy-
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KyIOTb CUHTE3 XJopodilly i aHTOLiaHy, BIUIM-
BalOUM Ha €KCHpecilo 0araTboX CBITJIIOUYTIMBUX
reHiB. YucieHHI DOCTIMKEHHS CBim4yaTh IIPO Te,
1o (iToxpoMu K TMPOTEiHKIHA3U OTocepe-
KOBYIOTb CBOi CUTHaJM 3a JOMOMOIOI0 3a-
JIEXXHOTO Bil cBiTaa (ochopunoBaHHs OiJIKiB;
ineHTU(}IKOBAaHO YMMAJIO OUIKIB CyOCTpaTiB mIs
diToxpoMKiHazHoi peakilii. JloBeneHo, 110 MpU-
HaliMHi JIeKiJibka KOMIIOHEHTIB KJITUHU 3a
dochopuoBaHHS 0e3MMOCEPEIHBO B3aEMOIIIOTh
3 (pitoxpomamu, cepea HUX (PiITOXpPOMKiIHAZHUIA
cyoctpar (PKS1) i nykineorugmudocdaTkinaza
2 (NDPK2), saxki Bzaemomiiotb 3 C-TepMi-
HaJIbHOIO IMOCIigoBHicTIO phyA [64]. NDPK?2
B npoTtuiiexxHicts PKS1 € mo3autuBHUM peryis-
TopoM curHaiiB phyA i phyB. Baxiusicte PAS-
JIOMeHY ISl (DyHKIIIOHYBaHHS (DiITOXpOMY UiTKO
npoctrexyeTbes: NDPK2 He Moxe B3aemomisaTu
3 phyA y Bunaaxky MyTyBaHHSI B OJHOMY i3 JBOX
PAS-nmomeniB [63].

TpeTiM KOMIOHEHTOM, IO B3aemomie 3 ¢i-
TOXpOMaMMU, € JIOKaJi30BaHUM Yy sApi KIIITUHU
¢daktop tpanckpunuii PIF3. Sk i NDPK2,
PIF3 He Mmoxe B3aemonisitu 3 (iTOXpoMaMu,
MyTaHTHUMU 3a PAS-nomeHamu. OgHak He 3aB-
Ko (pochopuaoBaHHS TOrO YW iHIIOTO CyO-
cTpaTy 0e3ImocepeaHbO 3OIMCHIOETHCS CaMUM
ditoxpomom. BigmoMo, Hampukiaa, 1110 aKTHUB-
Hicth Oinka CCAIl, g9kuii € CUTHaJbHUM KOM-
MOHEHTOM (PiITOXpOMY, MOXKE MOIYJTIOBAaTUCS MO~
ro gocdopuatoBaHHIM, ONOCEPEIKOBAHUM Ka-
3eiHKiHa3010 2, a He (iToxpoMoM [66].

MeTogamMu TE€HETUYHOTO 1 MOJEKYJISIPHO-
OiosioTiyHOrOo aHaji3y iAeHTU(DIKOBAHO BEIUKY
KUIBKICTh T€HIB, €KCIIpeCis SIKHUX KOHTPOJIIO-
eTbes oropeuentopamu [48]. Tak, 3’sicoBaHoO,
10 0 Ipynu phyA-3ajeXHUX TeHIB HaleXaTb
FHYI1, FHY3, FIN2, SPAI i FARI |67, 68]. Bci
i TeHu, 3a BUKIIOYeHHSIM SPAI, SBISIOTH CO-
0010 TMO3WTUBHI €JeMEHTU B Iepeaadi CUTHa-
JiB phyA. OTpuMaHO J0Ka3u MpsIMOTO pery-
JIIOBAJIBHOTO BIUIMBY (DiITOXPOMIB Ha aKTUBHICTb
reHiB SPAIl i FARI, sxi nokajnizoBaHi B sapi
[64, 69]. lo reHiB, excrpecist SIKUX KOHTPOJIIO-
eTbcsl K phyA, Tak i phyB, Hajexarb reHu
PEFI, PSI2, PIF3, NDPK2, Elip (early light-
induced protein) Ta nmeski iHwi. Pazom 3 TuMm
BiIOMi TE€HM, III0 € HETaTUBHUMU PEryJsaTO-
pamu ¢doroMopdoreHesy, cepel HUX YOTUPU
ocHoBHUX reHu — COPI, DETI, COPI0i COP9.
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KitouoBUM  peryjisiTOpHUM  KOMITOHEHTOM B
ornocepenKoBaHiil cyrpecii  oToMopdoreHesy
B TeMHOTi € TeH COPI, mo xomye OiIOK 3
C-TepMiHaJIBHUM JTOMEHOM po3Mmipom 76 k/la;
OTo eKcrpeciss HeraTMBHO PEryJIIOEThCS CBIT-
noMm. Le ciyrye moxkaszom Toro, mo Oinku COP
BUCTYNAlOTh Yy POJIi HEraTUBHUX PEryJIsiTOPiB
MoAAJIbILIOI Tiepeaaydi iHIYKOBaHWX CBITJIOM CMT-
HasliB (poTOpelenTopiB.

3a pO3BUTKY POCIMH MOyXe€ BaXJIUBOIO €
B3aeEMOZisl MixX (piToxpomamu i ¢iToropmMoHamu
(puc. 4), Takummu K aOclM3oBa KUCJIOTA i
LUTOKIHIHM, IO IHTIOYIOTh €JOHTAallil0 KJITHH,
a TakoX TOPMOHAMU 3 TPOTUJIEXKHOI (CTUMY-
JIIOI0YOI0) Ni€I0 — ayKCuMHaMmu, TibeperiHaMu i
OpacunHocrepoinamMu. BcraHoBieHo, 1o ¢iTo-
XpOMHU MOXYTb peryatoBaTh TPaHCKPMIILIiIO Te-
HiB (piToropMoHiB [48].

Poabr PRR-0inKiB y peryismii nupkagHax pur-
MiB i ajanTUBHUX peakuid y pociauH. [lyxe 1iii-
KaBMM € MUTaHHSI TIPO yyacTb (DOTOpeLenTopiB —
(ITOXPOMIB i KPUIITOXPOMIB — y peryJssiii uup-
KagHuX (1000BUX) PUTMIB B POCJIMH, 3aJIEXKHUX
B Tleplly uepry BiI cBiTJa i TeMmepaTypu.
Binomo, 110 QoTopeuenTopu BIUIMBAIOTh Ha
aKTUBHICTh (Di3i0JIOTiYHOIO TOAVMHHMKA, IpUiiMa-
ouYM i mepenaroyy CBITJIOBI CUTHald Ha €HIO-
TeHHUI LeHTpajlbHuil ocuuiasgrop [52, 70, 71].
Di3ioJIOTIYHMIT TOMMHHMK PETYIIIOE YMMAJIO TIPO-
1IECiB 32 PO3BUTKY POCJIMHU, BKJIIOUAlOYM 4ac-
TOTY MiTO3iB (MakcuMajbHa BHOYi), 00’ €M KJli-
TUHHOTO spa, iHTEHCUBHICTb (POTOCUHTE3Y,
JNIMXaHHS, aKTUBHICTh (hepMeHTiB Tollo. MoJe-
KYyJISIPHI CUTHaJIbHI KOMIOHEHTU (Di3iojaoriuHo-
ro rogMHHUKa (SIK Ti, IO MEpPeJarTh CHUIHAI
Ha OCUWIATOP, TaK i Ti, IO CIPUMMAIOTh iH-
dopmalio 3 oCHUWISTOpa) BU3HAYEHI HEAABHO
[72]. TenernuHuUM aHaji3oM iAeHTUDIKOBAHO
rpyIy TeHiB, sKi MpuiiMalTb ydyacTb Yy (hOTO-
MepioAMYHOMY KOHTPOJIi LIBITIHHS 1 peryJsiii
LIMPKaAHUX PUTMIB y apabimoricucy. BusiiaeHo
YUCJIEHHY TPYyIy TeHiB, 110 3[ilCHIOITh (OTO-
MepioAUYHUI KOHTPOJIb LBITIHHS i perysiiito
LIMPKaAHUX PUTMIB y wi€i pociunu — ZTL,
FKFI, LKP2, TOCI, CCAI, LHY, EFLF3 i GL
[72—78]. 3a ananizy myrauiit ztl i fkfl, mo genHo-
TUIIOBO TMPOSIBJISIIOTHCSI Y POCIAMH Mi3HIM 1IBi-
TiHHSIM 3a JOBroro abo KOPOTKOIO JHS, a TaKOX
KOPOTKUM TillOKOTWJIEM, 3p00JIEeHO BUCHOBOK,
mwo renu ZTL i FKFI BigirpaloTh BaxKJIUBY pe-
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Curnan Bin phyB
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Puc. 4. Monenb dyHkuionyBaHHs ARR4 — NBOKOMIIOHEHTHOI CUTHAJbHOI CUCTEMHU 3a TPAHCIYKIIil CUTHATY
Bin ¢itoxpomy B. Uepsone cBitiio (R) iHaykye ¢oTrokoHBepcito HeakTUBHOI (popmu (Pr) ditoxpomy B (phyB)
B aktuBHY (Pfr). ®@ochopunboBannit ARR4 crabinizye Pfr nuisixom iHribyBaHHSI TeMHOBOI peBepcii phyB.
Cra6inizauis Pfr mocwiioe 4yTaMBICTh POCAMH IO YEPBOHOIO CBiTJA, 1O MPU3BOAUTH M0 OiIbII iHTEHCUBHOI
MopdoreHeTnuHOI peakiii. PochoputoBaHHs i akTuBHicTh ARR4 perymooThest 6araTocTymiH4acTUM MeXaHi3-
MoM, skuii Bkitoyae HPt-nomen y ckiani 6inka AHP1 i riopunnHoi kiHasu CRE1 y ckianai ABOKOMITOHEHTHOI
cuctemu. 3aBasiku ARR4 BinOyBaeThesl iHTerpallisi CUTHaJIiB Bifl TOPMOHY LIUTOKiHiHY i YepBOHOTO cBiTja (phyB)

TYJISITOPHY pOJib Y LMpPKaaHIi cucTeMi apa-
Oimornicucy i (QYHKUIOHYIOTh K KOMIIOHEHTHU
rnepeaavi CBITJIOBUX CMIHAJIiB HAa LIEHTpaJbHUIA
ocumisitop [69, 70]. Llomo rena LKP2, To BiH
(byHKLIOHYE ab0 BCcepeauHI LIEHTPaIbHOIO OC-
Husitopa, abo B 06e3mocepeaHiil OJIM3bKOCTI 10
Hboro. HactymHe cekBeHyBaHHS IOKa3ao, 110
reHam ZTL, FKFI i LKP2 BnactTuBa yHiKajlibHa
KoMOiHawist mocainoBHocteit: PAS-nomeny, F-
6okc gminguku i kelch-mostopiB [68, 79, 80].
Ak 3’acyBanocsi, F-00okc OilKM B3a€EMOMIIOTH 3
SKP 6inkamu — xkommnoHeHTamu SCF E3 kna-
Ccy YOIKBITHMHJIIra3 3 HaCTYIMHOIO YOiKBITMH-Ha-
npaBJieHOIO Jerpanaiieo F-0okc 6inkiB [81, 82].

Kommnonentn SCF E3 knacy y0OikBiTMHJIIra3
OepyTh (YHKILIOHAJIbHY YYacTb Y HPOBEACHHI
CUT'HaJIiB ayKCUHIB, B KOHTPOJIi LIBITIHHS Ta pe-
ryJsidii ¢izionoriyHoro roomMHHUKa [72, 83]. Oc-
Kinbku reun ZTL i LKP2 perymowTh (yHKIIO-
HYBaHHSI OCTAHHbOTI'O, LILIKOM MOXJIMBO, 110 iXHi
F-60kc i kelch-noMeHu BinnmoBinaloTh 3a 3MiHHU,
110 BUHUKAIOTh Y LMPKATHOMY OCLIMISITOPI [72,
79, 82].

3a maHuMM OiOXiMIYHOIrO aHaji3y OiIKHU, 110
MaioTh PAS-noMeHH, MOIUISIOTHCS Ha JIBa 1K-
pokux kiacu [80]: ogHi 3 HUX 30aTHI B3aEMOMISITU
3 HEBEJIMKMMM 3a PO3MipaMu MoJjieKyiamu (Ko-
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(hakTopamMm), a iHII OMOCEPEAKOBYIOTh FeTEPO-
TPOIHi OiKOBI B3aemMomii. 3’sicoBaHO, IO pe-
LENTOP CUHBOTO CBiTIa — (OTOTPOINIH, KU
KOHTpOJIt0€ (OTOTPOMi3M, MicTUTb PAS-noMeHu
MNepLIoro Kijiacy i B3aeMofi€ 3 (hJlaBiHMOHOHY-
kineotugoM (FMN) — ximoyoBuM KO(haKTOpoM
doropeuenTopiB cuHLOro cBitaa. o Apyroro
KJ1acy OUIKiB, 110 BUM3HAYalOTh I€TEPOTPOITHI MixX-
OiIKOBI B3aeMofii, HajexaTb (QOTOopeLenTopu
YEpPBOHOTO CBiTJIa — (DITOXpOMU, 1110 YTPUMYIOTh
PAS-goMenu, ski 3abe3neuyoTh OUMEpPU3ALIiIO
3 iHmmMMu ¢goropeuenTopamu. Lls aumepu3salis
MOXe peryjaloBaTh akKTUBHICTb reHiB ZTL 3a-
JIexXHO Bifg cBiTaa [72]. KpiM putmiuHoi perysi-
il ekcrnpecii reHiB (iTOXpOMiB, CBITJIO TaKOX
BIUIMBA€E HA MOCTTPAHCIISILIMHI MeXaHi3MM, Ha-
MNpUKIaA, Ha KiHA3HY aKTUBHICTh i/ab0 Ha saep-
Hy TpaHcJIoKallito (oTopeuenTopin [84].

Jlo KOMIIOHEHTIB, 10 IlepenaroTh CBITIOBi
CUTHAJM Ha LEHTPaJbHUI OCLIWISATOP, HaJleXaTh
takox npoayktu reHiB TOCI (PRRI), CCAl,
LHY, ELF3 i GL. binku TOCI1, CCAl i LHY €
MYB-noniOHUMU TpaHCKPUMNLIMHUMU (haKTo-
paMu, acouilioBaHUMM 3 LMPKAIHWUM TOJMHHU-
KOM. IxHS rinepexcrpecis € nmpuuyuHO0 ¢OTO-
HepioaUYHOl apyuTMii, MOJTOBXKEHHS TilTOKOTUIIiB
1 Mi3HBOIO LIBITIHHS Y apalidoIICUCYy.
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Jlo 4ucieHoi Tpylu TeHiB, eKCHpecis SKUX
perymoeTbes (iziosIoriYyHUM rOIMHHUKOM, HaJjle-
XaTth T€HM, 3allydeHi y (oTocuHTe3 (BKIIOYAIOUYM
reiu CAB i LHCB, 1mo KomyloTb XJI0podin-
3B’sa3ytoui Oinku) [52], a Takox reHu psbA i
psbD xjoporIacTiB, 10 KOAYIOTh XJIOPOMiI-3B s~
gytoui O6iiku D1 i D2 dorocuctemun 11 [48,
85—87]. Binomo, 1110 y TeMpsIBi CIIOCTEePIra€ThCs
LIBUJKE 3HMXKEHHSI aMILTITyad 1 piBHS eKcrpe-
cii reniB CAB2 i CCR2, ocKibKM BOHA 4YiTKO
perymoeTbes (i3ioJoriyHMM TOAMHHUKOM 3a J10-
nomoroto ¢iroxpomiB phyA i phyB.

Perynsiisi TepMiHiB KOJIOCIHHSI i LIBiTIHHST Y
MIIeHUII Moxe OyTu 3’sicoBaHa 3a aHaJIOTiEI0 3
doTornepiogMUHOI0 peryJsiieto LBiTiHHS apali-
JIOTICUCY, Y SIKOT'O €KCIIpecisl ciMeiicTBa IeHiB —
dakropiB TpaHckpumnuii Tumy CONSTANS (CO)
PEerylo€TbCd LUUPKAIHUM TOAUHHUKOM, OCBIT-
JIHHSIM Ta TeMIlepaTypolo.

Perynsauisi ekcnpecii reHiB CCAI (circadian
clock associated 1), LHY (late elongated hypo-
cotyl) ta TOCI/PRRI (timing of CAB expression
1/pseudo-response regulator 1), MpOAYKTU SKUX
(GOpMYIOTh LIEHTPAJIbHUIA OCLIWJISITOP LIMPKATHUX
PUTMIB TILIEHUIli, OCHOBaHA Ha MPUHIMMAX He-
raTUBHOIO 3BOPOTHOTrO 3B’s13Ky. Lle o3Hauae, 1110
npoayktu reHiB LHY i CCAI npurHiyyoTh eKc-
npecito TOCI 1nuisixoMm 3B’S1I3yBaHHSI 3 CUTHaJIb-
HUMU MOTUBaMU MPOMOTOPY 11b0ro reHa. I1pore,
Taka pernpecis TpaHckpunuii reHa TOCI € He-
MIOBHOIO, 1 MPOAYKTM WMOTO EeKCIIpecii Bce XK
MOCTYIIOBO HAKOIUYYIOTbCS, JOCSTalOuuM MaKCH-
MaJIbHOI KOHLEHTpallil HampuKiHLi CBITJI0BOTO
nHs. Jlami 3rifHO 3 IIPUHLMIIOM 3BOPOTHOTO
3B’s13Ky Tmpoayktu TOCI 0GesrnocepeaHbo abo
OITOCEPEIKOBAHO MPUTHIYYIOTH ekcrpecito CCAI i
LHY [88].

PonuHa 6ifikiB — peryasiTopiB HUPKaaAHOT Bifl-
MoBiAi y apabimoricucy BilOBiIa€E HACTYMHUM
TeHETUUYHUM romMmosoraMm mocaigoBHocteir JITHK:
PRRY, PRR7, PRR5, PRR3 ta PRRI (TOCI)
[89]. Tenm PRR pitoTh mapajeibHO Ta aHTa-
roHictuyHo 1oao reHiB LHY i CCAI. Tenu
LHY i CCAI npurHiuyioTh ekcrpecito CO, B
Toil yac K reHu PRR, HaBmaku, aKTUBYIOTh
TpaHcKpumniio reHiB CO LUJISIXOM MPUTHIiYEH-
v ¢yukuii JJTHK-3B’s13y10u0ro pernpecopa TpaHc-
kpurniuii CDF1 (cycling dof factorl) [90].

Indopmaniitni PHK CO-@gakropa nocsra-
I0Tb MaKCUMaJIbHOI KOHIEHTpalil HampuKiHLi
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JIOBTOro JHS a00 B HiUHUM Tepioa KOPOTKOAEH-
Hux ai6 [91]. Leit dakTop cTadini3yeThCs Mi€I0
CUTHaJiB Bia doTopelenTtopiB (GiToXpoMiB Ta
kpunTtoxpoMiB [92]. Takum yuHoMm, CO-akropu
€ MaKCUMaJIbHO CTaOiIbHUMU TUIBKM 3a YMOB
OCBITJIEHHSI, OTX€ aKTMBHUMHU OYAyTb JIMIIE Ti
i3 HHUX, SKi HAKONWYYIOThCS 3a ITOBrOJEHHOIL
nobu. Crab6inizoBaHi CO-dakTopu, 3B’SI3YIOUUCH
i3 creuudiYHMMU CUTHAJbHUMM MOTHUBAaMU B
T€HOMi, CIPUYUHSIOTH aKTMBALil0 IIPOMOTOPY
nokycy FT (Flowering locus T) [93], nponykTu
SIKOTO i aKTMBYIOTh Mpoliec UBITIHHS [94].

LlixaBo, 1110 3HAYHO OibllIa KOPEJISILIis CIIOC-
TepiraeTbcsl Mixk piBHEM ekcmpecii jokycy FT Ta
yacoM LBITiHHS, HiX MiX OCTaHHIM Ta piBHEM
excrpecii CO-gakTopa abo MiX QGYyHKUISIMU
CO i FT. OcobauBy yBary TakoXx ITpUBEPTaE
TOU (haxT, IO IJII POCIUH, SIKi 3alBITalOTh IPU
JIOBIOMY JIHi, CITOCTEpIra€TbCsl KOPEJSLisl Mix
ekcnpecieto COi FT, Toai K y «KOPOTKOACHHUX»
pociuH kopenduis Mixk CO ta FT He3HayHa
(Huxkua y nmoHan 20 pasziB). Taki gaHi BKa3ylTb
Ha Te, IO peryjsduis ekcnpecii jokycy FT
3MIACHIOETbCS Pi3HUMM LUIsIXaMu. Bimomo, 1o
eKcripecist Jokycy FT Moxe peryJroBaTHUCS He-
3aJIeXXHO $SIK akTuBaTopoM TpaHckpumnuii CO,
Tak i npoayktamu reHiB PRR [95].

JloBeneHo icHyBaHHS (QYHKIIOHaJbHUX i
crpykrypaux B3aemoniii Mk CCT-momeHom CO-
dakropa Ta AHK-3B’g3ytounmu dakTopamu
TpaHckpunuii cimeiictBa HAP (Heme Activator
Protein). HAP-dakTopu 3B’s13y10Tbest 3 CCAAT
CUTHaJbHUMM MOTHMBaMH, $Ki MPEACTaBICHI Yy
rnmoHan 25 % eykapioTHux mpomortopiB. Bcra-
HOBJIEHO MeaiaTopHy posb 0OinkiB HAP-xom-
mwiekcy 3a BiumBy CO Ha 4yac 3alBiTaHHS poOC-
svH. EdextuBHicTh ekcripecii HAP-0inkiB Bruiu-
Ba€ Ha TepMiH 3alBiTaHHs apabimorcucy; Lei
edexT acouiitoBaHuii i3 3HMXKeHHIM CO-3a-
JIEXKHOI aKTUMBHOCTI Jiokycy FT, IpOAyKTU TpaHC-
JISLIT SIKOTO 1 iHAYKYIOThb TMpoLeC UBITIHHS.
Buacminok Toro, mo CCT-momen CO-06inKiB
MIiCTUTb KOHCEPBAaTUBHY JiJSTHKY, BiIMTOBIIHY rO-
MOJIOTiIUHIN mocigoBHOCTI hakTropa HAP2, 6e3-
nocepenHbo B3aemomitouoro i3 JIHK, BBaxa-
erbes, mo CO-0inku, ski Mictarb CCT-momeH,
33 CBOEID CTPYKTYPHO-(PYHKIIIOHAJIBHOIO POJIIIO
MOXYTb 3aMiHdTU cyoomuHuiio At HAP2, ¢op-
MYIOYM TaKUM YMHOM TPUKOMITOHEHTHHUI KOMII-
nekc CO/At HAP3/At HAPS, saxuii i OGepe
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0e3nocepeHI0 yyacTb B IpoLeCi peryssiiii re-
HETUYHOI ekcrpecii Jokycy FT [96].

TakuM 4YMHOM, HarpoMajXeHo 4YuMajo Ja-
HUX, IO JAal0Th MOXJIMBICTh MiAKPECIUTU aHa-
JIOTi0 MixK (DOTOpELIeTITOPaMU, ISIKMMU iHITUMU
OiJIKaMU pOCJIMH i BEJIMKOIO TPYIIOI0 OLIKIB — pe-
ryasitopiB Binnosiai (RR). 3a nomeHHOIO opra-
Hi3ali€lo MoJIeKy/a i mMpUHUMIIAaMU (DYHKIIOHY-
BaHHs TIO CXeMi JBOKOMIIOHEHTHOI CHUTHajb-
HOI CUCTEeMM 3a3HayeHi OiIKM POCIMH TOJiOHI
n1o RR-0inkiB OakTepiii i, MOXJIMBO, MalOTh 3
HUMMU CITiJIbHE €BOJIIOLIHE MOXOIKEHHS.

I'enu PRR i perynsuis doronepiogmyHux Ta
aJanTUBHUX peakuiid y mumeHnnb. OCKiIbKU BilO-
MO, 1O TIPOTEIHM, TpaHCIbOBaHi 3 TeHiB PRR,
mictaTh CCT-goMeH y C-TepMiHaIbHIN AUISHII,
MeTogoM OJioT-riopuam3auii 3a Cay3depHoM OyB
npoBeaeHUir cCKpuHiHT KJOHIB BAC (Bacterial
Artificial Chromosome), 1110 MiCTWJIM TTOCJiTOB-
Hocti JHK 3 mimeHMYHuMHM reHamMu ciMelcTBa
Ppd [45]. Hykneotupny mnocaimoBHictb CCT-
JIOMEHY slYMiHHOTO reHa Ppd-HI BUKOpPUCTOBY-
BaJIM 1K MOJIEKYJIsIpHUM 30HA. B pesynbTaTi Bu-
SIBUJIM TIOCJTiIOBHOCTI HYKJICOTHUIB, 1O iHIMBI-
JyaJlbHO XapakKTepu3yloTb reHu PRR XpoMocom
2A, 2B i 2D mM’skoi mieHuni [435].

3rinHO 3 pesyJbTaTaMU aHallidy eKcIpecii
reHiB F7, PRR ta CO M’gKol MIIEHUIII YacOBi
napameTpu ekcrpecii CO He 3MIiHIOIOTbCS VY
He 4yTJIuBHX 110 (hoTorepiony reHoTuriB. BomHo-
yac BTPAYA€EThCS KOPEJISLisl MiX €KCIpeci€to
CO-dakropa Ta excrpecieo jgokycy F7, BHac-
JIIIOK 4Oro IepeadadyaeThbes, 110 aKTUBALis JO-
kyciB FT i CO y He uymIuBUX 10 (poTomnepiomy
TEeHOTUIIIB 3IiCHIOETHCS 3a JOIMOMOIOI0 albIep-
HaTMBHUX (aKTOPiB TPaHCKPUIMLIil [Jid TeHiB
PRR.

IHIMM BapiaHTOM MOAYJSLIT peakiliii M’s-
KOi MiIeHuli Ha (GhoTorepios € YiTKa perysiiis
ekcripecii gokycy FT PRR-npoteiHamMu, CHH-
Te30BaHUMMU 3 BjIaCHOTO TpomoTtopy. Ile croc-
TePIira€TbCsl y TeHOTUMIB MILEHMI, YyTIUBUX J0
¢doronepiony [435].

3a TOPIBHAHHS HYKJICOTHIHUX ITOCIIITOBHOC-
el PRR-2D n0Kycy COPTIiB i JiHilA M’SIKOI Tiiie-
HULi, aJIbTePHAaTUBHUX 34 aJeJIbHUM CTAHOM JIO-
Kycy Ppd-DI, y He dytiuBuX 10 (doTonepiony
pociuH (IoMiHaHTHMIA reH Ppd-Dla) Ha TiO-
YyaTKy Koaywouoi niigHku reHa PRR-2D Bu-
gpieHa aenewist mosxuHowo 2089 m.H. Ha mep-
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WA TOMISIA  3HUXEHHS (hOTOUYYTJIMBOCTI Y
TaKMX TEHOTUIIIB MOXHa TMOB’S13aTU 3 iHAKTU-
Bauiero PRR-2D reHa BHACIAOK Aeje€Lil IIpo-
MOTOpYy abo cailTiB #oro akTuBalii, 4epes
BIICYTHICTb SIKMX TMPOLEC TPAHCKPUIILii TeHa
crae HemoxuyuBuMm. Ilpote, sk 3’sicyBanocs,
ekcnpecig reHa PRR-2D y uux pocCIWH BCE X
TakKM 3[iMCHIOETHCS, MOXJIMBO, 3 aJlbTepHATUB-
Horo mpomMotopy. Ilpu 11bOMYy 3MiHIOIOTbCS Ya-
COBI XapaKTepPUCTUKM IIi€l eKCIIpecii, 10 CBia-
YUTh TIPO MOXJIMBI 3MiHM B 4aci eKcrpecii
Jokycy FT. B pgaHomy BMIAAKy BeCb LMK
yepryBaHHS ITiKiB MaKCUMAaJIbHOI KOHILIEHTpallil
npoaykTiB PRR-2D i FT reHiB 3CyBa€eTbcsl Ha
niBnepion. BignmosinHo PRR-mnporeinu Temnep
HAKOMUYYIOThCS BIIPOJOBX BCHOTO JIHS i HOYI,
Jlocsiraltoud MakCMMaJlbHOI KOHLEHTpalil B KiH-
i TeMHOBoro mepiomy moou. Ha moyaTtky cBiT-
JIOBOTO JHSI BUCOKA KOHIIEHTpALlisl LIUX MPOTei-
HiB iHAYKY€E ekcrpecito Jiokycy FT, NpoaykTu
SIKOTO JIOCSTalOTh MaKCUMyMY B CEepeIMHi ITHS,
a MOTiM BiNOYyBa€TbCsl IXHE IOCTYIIOBE 3MEH-
meHHs. B Mipy Toro, sIK akTuBHicTb FT 3HU-
KY€ETbCsI, KoHLeHTpalis PRR-mpoteiHy 3poc-
Ta€, NOCIraloyd MakKCMMyMYy B KiHIII T€MHOBOIL
¢a3m, 1mo i 3amMuKae OUKJI. MOXJIMBO, BipHUM
MOSICHEHHSIM  (DOTOIEPiOAUYHOT  HEUYTJIMBOCTI
pociuH 3 reHoM Ppd-Dla € Te, 1o aenewis B
peryiasaTopHiii 30Hi TeHa PRR-2D BUKIMKae
3MiHY B peryJjsiiii eKcIpecii OCTaHHBOTO, IO
MPU3BOAUTL J0 iHAKTUBALil (oTonepionuuHoi
YyTAMBOCTI pocauH. CyTb L€l iHaKTUBAaLlil TO-
Jigrae B iHAOyKLii ekcrpecii jokycy FT gK mipu
JIOBIOMY, TaK i IpU KOPOTKOMY JHHi. Takum
YMHOM, OCHOBHA BiIIMIHHICTb MOHOIE€HHO J0-
MiHAHTHMX 3a JIOKycoM Ppd-DI1 pociauH M’sKoi
MIIEHMIIi, He YYTIMBUX 10 (hoTorepiony, Moss-
ra€ B HAsIBHOCTI y HUX JeJelil B peryasaTOpHiii
oingHui reHa PRR-2D, sxa COpUYUHSIE BUJY-
YEeHHSI CUTHAJbHUX CaWTiB 3B’SI3yBaHHS 3 pe-
TyJIsITOpHUMM Oisikamu [45].

AHaJIOTIYHUM YMHOM MOXHAa MOSICHUTU 3HU-
JKeHHSI YyTJIMBOCTI 10 (hOoTorepiogy TreHOTUIIiB
TBepaol miueHuli 3 reHamu Ppd-Ala [6]. Ipu
3icTaBNIeHHI cekBeHOBaHMX nociimoBHocTelr JIHK,
npwieraux 10 reHa PRR-2A TeTparuloimHMX Iie-
HUYHUX JIiHIK 3 aJlbTepHAaTUBHUMU ajleJIbHUMU
BapiaHTamu reHa Ppd-AI, Takox Oynu BUSsIBiIE-
Hi nmesellii B paiioHi npomotopy. HoBxuHa ae-
JIETOBAHOI MiJSTHKU [JId ONHUX JIiHili CTaHOBU-
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ma 1027 mH., g iHmmx — 1117 ma. JliHii, 1o
MICTSITb [JIeJIETOBAHUI TMPOMOTOP, BUSIBUIUCS
MEHIII YYTJIMBUMHU IO TPUBAJIOCTI CBITJIOBOIO JHSI,
TOOTO HECIM O3HAKU 1 BJIACTMBOCTI T€HOTUIIIB
3 reHoM Ppd-Ala, Tomi SK JiHil 3 IHTAKTHUMU
nociaigoBHocTaMu JAHK BUSABASIM UYYTAUBICTD
o ¢oronepiony, BIacTuBy reHoturiaM Ppd-Alb.
Amnajni3 exkcnpecii ymkomkeHoro reHa PRR-2A4
y JiHill meHuni tuny Ppd-Ala nioka3aB HasB-
HIiCTb B KJIITWHI MPOAYKTIB MOTO TPaHCKPMIILIl,
BHACJIiJOK YOro BUHUKJIO TNPUMYLIEHHS, 110
TpaHckpumniiss reHa PRR-2A moxe 3nificHIOBa-
TUCS HE TIIBKM 3 BJIACHOTO, ajie¢ U 3 aJbTep-
HaTMBHOTrO MnpomoTopy. [Ipu 1bOMY akTHBallis
TPAHCKPUIILIil 3 OCTAHHBOTO HisIK HE MOB’SI3aHa
3 TPUBAJICTIO CBITJIOBOrO Ilepiomy mo0OM, a eKcC-
npecist CO-¢gaxkrtopa y LIBOMY BUIAAKy He
Kopese 3 ekcrpecieto jokycy FT. B Toil xe
yac BUSBIISIETbCS 4YiTKa KOpPENsLiss MiX eKc-
npeciero FT'i eKCIpeci€ro HeYLIKOIXKEeHOro TeHa
PRR-2A, BHACJiJOK YOTO iHAYKIIiSl TPAHCKPUII-
uii B Jokyci FT BinOyBa€eTbCs HE3aJIeXXHO Bil
TpUBaJIOCTI cBiT/IOBOro aHg [6]. Crix 3a3Haum-
TW, IO HaBEACHI JaHi CBigyaTh Ha KOPUCTh
TOro, 10 iHTaKTHi Ta AejeToBaHi (hopMM reHa
PRR-2A4 o4eBUAHO € iAEHTUYHUMMU TeHaMm Ppd-
Ala i Ppd-Alb, mocTylbOBaHMM paHillle Ha Tij-
cTaBi BMBUEHHSI (DEHOTUIIOBUX OCOOJMBOCTEN
¢oTornepiogMUHUX peakliiil y MIIeHUIlb.

B pesynbTaTi NOPiBHSJIBHOIO aHali3y CeKBe-
HOBaHUX TocHifoBHOCTel Jokycy PRR-2B i
npuieraux ao Hboro aitsiHoK JHK y coptiB i
JIiHIM M’$IKOi MIIEHUI 3 aJbTePHATUBHUMU T10
BiIHOWIEHHIO 10 oTornepiony GeHoTUunamu,
T00TO uyTIuBUX (Ppd-Blb) i He uymuBux (Ppd-
Bla) no ¢oronepiony, poiab nokycy PRR-2B 'y
SBUILI (DOTOMEPIOAUYHOI HEUYYTIMBOCTI T'€HO-
TUIIIB TIIEHULI 3 reHaMu Ppd-Bla He BCTaHOB-
JieHa. JIocaiKeHHSIMA MPOAYKTiB TPAaHCKPUITLIi
reHa PRR-2B BCTaHOBJIEHO HAasSIBHICTb $IBUILA
IbTEPHATUBHOIO CIUIACUHIY, B Pe3yJbTaTi SIKO-
ro MOXJMBE yTBOpeHHs1 BocbMu TuMiB iPHK,
3 HUX OiJbllIa YyacTMHA TPAHCKPUIITIB € (PYyHK-
LioHaJbHO akTuBHOMO. Mi3ioyioriyHa posb 3ra-
JIaHOTO aJIbTEPHATUBHOIO CIUIACUHTY HE BCTa-
HOBJIEHA, KOPEJISLil MiX (hOTONepiogUuUHOIO UyT-
JIUBICTIO Ta MPUCYTHICTIO TMX ab0 iHILIMX TUIIiB
iPHK rena PRR-2B y KIJIiTMHi He crocTepi-
raetbes [7]. Buxonsium 3 JaHUX MOJEKYJISIPHO-
T€HETUYHOIr0 aHali3y, MOXHa BUCJIOBUTU IPU-
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MYILIEHHs, 110 TeHOMHA JIOKaJTi3allisl TeHETUIHOL
JIeTepMiHAHTU (DOTOMEPIOANYHOI YYTIMBOCTI TIe-
HoTumiB Ppd-BIl posrailioBaHa B IUISIHII XpO-
MocoMHoro cermeHta 2BS, skuii dhaaHKyeTbCs
MiKpocaTeJiTHUMU  Jokycamu  Xgwm429 Ta
Xgwm257 [97].

Huni € mincTtaBu BBaxkaTu, 1O OMNOCEPEIKO-
BaHa (iToxpomMaMu peryJssiis eKcrpecii TeHiB
TiICHO B3a€EMOJIE€ 3 IHIIMMU CUCTEMaMU PEryJs-
wii MopdoreHesy i aganTauii — jgokycamu Ppd,
Vin, Vrd, LT Toll0. AJeJIbHI T€HU LUX JIOKY-
CiB, SIK 1 TeHU (POTOpelenTopiB, MalOTh IpsMe
BITHOLIEHHSI [0 peryisuii QoTomnepiogusmy,
CTIAKOCTi 0 HU3BKUX TeMIIepaTyp, II0TpeOu B
sgpoBu3aiii Tomo. O4eBUAHO OUTKM, KOOOBaHI
reHaMyd LMX JIOKYCiB, MOXHa PO3MISAATU SIK
PRR-npoTeinu, 110 peani3yloTb CBOIO (yHK-
1[I0 32 CXEMOI JBOKOMITOHEHTHUX CHUTHAJIbHUX
CUCTEM, IIIMPOKO PO3IMOBCIOIKEHUX Y POCIUH-
HoMmy cBiTi. CaMme TiJ iXHIM KOHTpoJsieM (PyHK-
LIIOHYIOTb MPOAYKTU iHILIMX CTPYKTYPHUX TEHiB,
1o Oe3rocepeaHbO 3a0e3MeUYyIoTh TOMEOCTa3
MeTaboJ1i3My KJIITMHU 1 11 ajanTauilo A0 Hec-
MpUSATIUBUX YMOB cepenoBullia. Ha xaib, B3aEMo-
nist TeHiB PRR 31 CTpYKTypHMMU T€HaMU KOH-
KpeTHUX (EepMEHTIB, B TOMY UMCIi OKCHUIO-
peaykTas, 1110 BXOJSITh B CUCTEMY 3aXMCTY POCIMH
Bil OKCUJATUBHOTIO CTPECy, MaJjo 3’sSICOBaHa.

Toupkum Ta iH. [98—101] BcTaHOBIEHO HasIB-
HiCTb KOpeJsLil () MK ajeIbHUM CKJIaAOM JIO-
KyciB Ppd i Vrd Tta excnpecuBHicTIO i30dopM
(depMEeHTIB 3axMCTy Y POCIMH (MepoKcuaasu,
CyNepoKCUIAMCMYTa3u, (PEHOJOKCUIA3U, LIUTO-
XpPOMOKCHJAa31 Ta iH.) 3a BIUJIMBY Ha POCIUHU
TPUBAJIUX HU3bKUX TO3UTUBHUX TeMIleparyp y
3aKpUTOMY Ta BiIKpUTOMY TpyHTax. B mocnigax
BUKOPHCTOBYBAJIM Malixke 1i30T€HHi pOCIMHU
COPTIB i JIiHi/l M’SIKOI MIIEHUII 3 Pi3HUM ajlesb-
HUM CKJamgoM JIOKyciB Ppd i Vrd, Bcroro 21 re-
HOTUIl. MOpPO3OCTilKiCTh LIMX T€HOTUIIB (Bifl-
COTOK XHMBUX POCJIMH 3a MPOMOPOXYBaHHS) KO-
JuBajiacs Bif Hynast y copty Mara (Ppd-Dla) no
96 % y Muponiscekoi 808 (Ppd-Bla). Brius
reHiB Ppd i Vrd Ha CTiliKiCTb pOCIMH 10 TpU-
BaiuX HU3bKUX Temrieparyp (+1—3 °C nports-
rom 25—30 ni6) AOociHiIKyBaau Ha Maiixe i30-
TeHHUX JiHisxX copTiB MupoHiscbka 808, Epu-
TpociepMyM 604 Ta iHIIMX, IO IO-Pi3HOMY
pearyioTh Ha (oTornepioa i MalOTh Pi3HY IMOTpe-
Oy B TPpUBAJIOCTI SIPOBU3ALIil.
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VYrpumyBanHsa pocanH MuponiBcbkoi 808 Ta
ii maitke i30reHHUX 3a reHamu Ppd niHiii B Xo-
JIoanbHiN KaMmepi ipu +2 °C BopomoBxX 25 mio
MPU3BOAUTH 0 iCTOTHUX T€HOTUIIOBUX PO30iXkK-
HOCTEll B €KCIIPECUBHOCTI JOCiIXKyBaHUX (ep-
MEHTIB 1 oKpeMux ixHix izodopm. IIpm 1upomy
KiJIbKiCTh LMX i30(popM Maiixke He 3MiHIOEThCS.
B ymoBax npupoaHOro 3HUKEHHS TeMIepaTypH i
CKOPOYEHHS CBITJIOBOrO AHS B OCiHHIi Tepiof y
pOCJIMH BinmOyBalOoThCs OibII pagnKaibHi 3MiHU
€KCITPECUBHOCTI (DepPMEHTIB, $IKi, 32 HEBEJIMKUM
BUHSITKOM, CIIpSIMOBaHi B OiK ii 30UJIbIIEHHS.
3arajibHa €KCIPECUBHICTh (PEPMEHTIB, SIK i OK-
peMIX ixHiX i30popM, MPAKTUYHO y BCIiX IOCIiI-
KyBaHMX T€HOTHUITiB B pi3Hill Mipi, ajie JOCTOBIip-
HO 3pOCTa€ 3 IMOJOBXEHHSIM TEPMiHY BILUIMBY
HU3bKOI TeMmIiepaTypu (sipoBU3allii) Ha POCIUHU.

3MiHM eKCHpeCcHMBHOCTI (DepMeHTIB y JIiHii
MuponiBcbka 808 Ppd-Ala i MupoHiBcbka 808
Ppd-Bla 3a npupoaHUX YMOB sipoBuU3allii Haba-
rato iCTOTHIllli, HiXX 3a BIUIMBY XOJIOOY B YMO-
Bax Jlabopartopii. BomHoyac BOHU AeIIo MeEHIIi
B TOpPIBHSHHI 3 THUMHM, IO BimOyBalOTbCS Y
Majiike i30reHHMX 3a JIoKycoM Vrd nminiit Mn-
poHiBcbKoi 808. 3aMiHa pelleCUBHUX ajiesliB JIO-
KkyciB Ppd-Al i Ppd-Bl y MupoHniBcbkoi 808
Ha BIiAMOBiIHI JOMiHAHTHI F€HU MPU3BOIUTH 10
BTpaT! KOPENSALIMHMX 3B’SI3KiB MK 3pOCTaH-
HSIM E€KCHPECUBHOCTI JOCTiIXKyBaHUX (epMeH-
TiB i TPMBAJICTIO TEPMIiHIB SIpOBU3ALlii POCIUH
MIIEHULII.

Bigomo, 110 reHeTMyHa cucrema, sika pery-
JIIOE TIpoLeC ajanTalii 10 XOJOAy, iHIYKYEThCS
reHamu L T-tonepantHocti (LT — low tem-
perature) [103—105]. MoxHa TPUITYCTUTH, IO
peakiis amanTallii poCIWH OO0 HU3bKOI TeMIIe-
paTtypu 3a0e3MnevyeThcsl TIpUHAMHI J1BOMa Me-
xaHisMamu: 1) 0e3MnocepeIHbO BiAMOBIIIIO
MNPOAYKTIB IeHiB L T-ToJIepaHTHOCTI Ta MOPO30-
CTIMKOCTi; 2) peakli€lo TeHiB (epMEeHTIB, IO
BU3HAYalOTh iHTEHCUBHICTb MeTa0OJIi3My Vy Bifd-
MOBiIb Ha akTHBaLilo iHIMX reHiB PRR, cepen
akux Ppd, Vrn, Vrd Ta iH.

Coig 3a3HaYNTH, 110 JOCIIIKeHHS reHiB PRR
M’dKOl IMIIEHUIII ITPOBEACHO JUIIe Ha OOMe-
JKEeHiil BUOipLi COPTIB i JiHiiA, TOMy B JaHWI1 yac
y Pi3HUX CeJeKUiMHUX LeHTpaX aKTUBHO MPOBO-
JSITh poOOTY 3 TOIIYKY Ta TeCTyBaHHSI MapkKe-
piB 1O ajbTepHATMBHUX BapiaHTiB reHiB PRR
M’SIKOT MILIEHWIIi Ha MiCLEBUX JIiHisIX i copTax.
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[upokuii cnekTp OTpUMaHUX HAaHUX MPO
MOJIEKYJISIPHO-TEHeTUYHY JeTepMiHallito ¢hoTo-
NepioaUYHOI YyTJIMBOCTI POCJIMH Ta IXHiX agamn-
TUBHUX peakiliii Ma€e BaXJWBe 3HAUYCHHS [JIs1
BUpILLIEHHSI TNPUKIAgHUX 3aBOaHb CeJIeKlil i
reHeTnkK. MapKyBaHHSI ajeJqbHUX TeHiB PRR-
JIOKYCiB 3a0€3MeYynTh MOXKJIMBICTh 1X JETeKIIil
Y COPTIB pi3HMX reorpadiyHuX 30H, 110 JTO3BO-
JIUTh MaKCUMAaJIbHO e(heKTUBHO CTBOPIOBATU COP-
TH 3 ONTUMAJIbHUM piBHEM (DOTOUYTIMBOCTI, ajiar-
TOBaHMUX JO YMOB HaBKOJMIIHLOTO CEpelOoBUILIA
KOHKPETHOTO pPEerioHy.

V.M. Totsky, L.F. Diachenko, O.F. Muterko,
1.A. Balashova, V.A. Toptikov

THE GENETIC DETERMINATION
AND FUNCTION OF RR-PROTEINS —
THE REGULATORS OF PHOTOPERIODIC
REACTION AND CIRCADIAN RHYTHMS
IN PLANTS

The present review devoted to the analysis of re-
cent literature on genetic determination and the do-
main organization of the newly discovered two-com-
ponent signaling systems in pro- and eukaryotes. These
structures are involved in the regulation of numerous
morphological and physiological processes in plants.
RR-proteins, it the key elements of signaling systems,
they launch a cascade of phosphotransferase reactions
and directly or indirectly regulate the transcription and
activity other proteins, including enzymes, in response
to hormones or environmental factors. Modern views
on the molecular and genetic mechanisms of photo-
periodic response, circadian rhythms and anti-stress
responses in plants are set out in these positions. The
relationship between gene expression and photore-
ceptor sensitivity of plants to photoperiod traced. We
present our own data obtained on the isogenic lines of
wheat, where been showed dependence expression of
structural genes of enzymes on the allelic composition
of individual PRR-loci and the duration action of low
temperature.

B.H. Toukuii, JI.®D. Jleauenxo, A.®D. Mymepko,
U .A. barawosa, B.A. Tonmukos

IFTEHETUYECKAA JETEPMUHALIUA
N ®YHKLUA RR-BEJKOB — PET'YJIATOPOB
®OTOMEPUOAMYECKUX PEAKLIUN U
LWPKATHBIX PUTMOB V PACTEHUM

O030p IOCBAIIEH aHAJIU3y COBPEMEHHOM JIMUTe-
paTypbl O TE€HETMYeCKOW IeTepMMHALUMUM M JOMEH-
HOIl OpraHu3aluy HEeJaBHO OTKPBITHIX JIBYXKOMIIO-
HEHTHBIX CUTHAJIBHBIX CUCTEM y MPO- U 3yKapuOTOB.
TMokazaHa MPUYACTHOCTb YKa3aHHBIX CTPYKTYp K pe-
TYJISSIIMA MHOTOYMCIIEHHBIX MOP(MOGhU3NOIOTMUECKUX
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MpoLecCoB y pacTteHuit. KioueBbIMM 3jeMeHTaMu
CUTHaJIBHBIX cucteM siBisitotcst RR-0enku, 3amycka-
foie Kackan ¢ocdorpaHcdepasHbIX peakuuit 1
HETMOCPENCTBEHHO WJIM OIOCPEIOBAHHO PEryJNpPYIO-
1IMe TPAHCKPUIILIUIO, a CJIeN0BaTeIbHO, TPAHCISIIUIO
U aKTUBHOCTb JPYrux OEJKOB, B TOM uucie ¢ep-
MEHTOB, B OTBET Ha JIeICTBUE TOPMOHOB WMJIM (hak-
TOpPOB OKpyXatoieit cpeabl. C 3TUX MO3ULUNA M3-
JIOKEHbI COBPEMEHHbIC TMPEJCTABICHUSI O MOJIEKYJISIp-
HO-TEHETUYECKUX MeXaHu3Max (OTONEepUOINIECKOM
peakiuu, [UPKaJIHbIX PUTMOB U aHTUCTPECCOBBIX pe-
akuuii y pacteHuii. PaccMoTpeHa CBS3b MEXOy 3KC-
npeccueid TeHoB (OTOPELIENTOPOB U UYBCTBUTEIb-
HOCTBIO pacTeHuii K (otonepuony. [lpuBeneHbl coOCT-
BEHHbIC JaHHBIC, MOJyYeHHbIE Ha M30TCHHBIX JIMHU-
SIX TILIEHULBI, O 3aBUCUMOCTU 3KCIPECCUU CTPYK-
TYpHBIX T€HOB (hEPMEHTOB OT aJUIeJIbHOTO COCTaBa
OTIneJbHBIX PRR-JIOKYCOB U JUIUTEJILHOCTU ACHCTBUSI
HU3KOI TeMImepaTyphl.
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