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BCTYN

CyuacHi mociimxenHsa (isiosoriuHux QyHKIIN opraHiamMiB TicHO
MoB’A3aHI 3 BUBUEHHAM MeXaHi3MiB CHPUHAHATTA Ta BHYTPiIIIHLO-
KJITUHHOI Tepenaui curHajiB. SHAHHA MeXaHi3MiB (popMyBaHHS
peakmii-BigmoBifi KJIIiTHMH Ha BIIMB €KCTPAKJITUHHUX CUTHAJIB
€ MPUHIIUIIOBO BaKJIUBUM [AJIS PO3BUTKY VABJIEHb IIPO PEryJIAIii0
dyHKIioOHaNBbHOI Ta MeTaboaiuHOl aKTHMBHOCTI KaiTuH. Ile, B cBOIO
uyepry, HeoOXifHO [Jd TIuOIIIOro PO3yMiHHSA CYTHOCTI OHTOTEHE3Y,
ocobaMBoOCTell B3aeMO/il opramiamis i3 HABKOJIUIIIHIM cepenoBUIIleM
i mpupoau pisHOMaHITHHX GioJoriuHmxX (QYHKIIH KUBUX 00 €KTiB.

InTeHCcBHEe HAKONMUYEHHSA BiZJOMOCTEH B rayry3i KJIITUHHOTO CHUT-
HAJIHTy MPUBEJIO A0 MOABU 3HAYHOI KiJIBKOCTI TeMaTUUYHUX OTJIs-
IoBuX crarTeil i momorpadiii. OgHak GiJbIIiCTh 3 HUX MOXKHA PEKO-
MEHAYBaTHU CTYAEHTaM TiIbKU AK IOJATKOBY JIiTEpaTypy, OCKiIbKU
Taki AKepejla MiCTATH BeJWUYE3HUUA MACUB CIENUMPIUHUX NaHUX,
AKUHA YCKJIAAHIOE COIPUUHATTA CTyJeHTaMU MaTepialy IIpo BJIacHE
MeXaHi3MU BHYTPIITHBOKJIITUHHOI epenayi curHamiis. 1leil HaBuaib-
HUUM TOCiOHMK € cIpo0Oi0 aBTOpa CUCTEMaTH3yBaTH OCHOBHI Bino-
MOCTi NP0 BHYTPIIIHBOKJITMHHY CUTHAJIi3aIlilo pocJuH. ¥ KHUB3Ii
OomMcaHi CTPYKTypa, BJIACTHUBOCTI Ta 0COOJIMBOCTI (hyHKIIiIOHyBaHHS
KOMIIOHEHTIB BHYTPIITHbOKJITUHHUX CUTHAJbHUX CHUCTEM POCJIUH,
MexaHismu perenitii i TpaHCAYKINI 30BHIMIHIX curHaiiB. ¥ 3B’ A3KYy
3 MOJi(PYHKIIOHAJIBHICTIO OiJMBINTOCTI CUTHAJIBHUX IIOCEPEeIHUKIB
ix yyacTh y (isiosoriuHmx mpoiiecax meTaJbHO He PO3TJIALAETHCH.

Kuura He € BCeOCAIKHUM AKepesioM BijoMOCTel IIpo MexaHidMu
peremniiii i curHaJIiHTY y POCJIUH, i MOMKJINBO, He JACTh aOCOJIOTHO
BCixX BifgmoBimelli Ha MUTAHHA HAWOiJBII HONUTJANBUX umTadiB. Of-
HakK Iell HaBUYAJbHUUN MOCIOHUK MOJKe ITOCTYKUTHU CTaPTOBUM Maii-
TaHYUKOM [AJIs IOYATKY OCBOEHHS IIOKU II[0 MAJOBUBYEHOI rajysi
Giosorii — mexamHisamiB peremnitii i curmasiury y pociamH.



1. 3SHAYHEHHA, CTPYKTYPA TA NPUHUUNA
OYHKUIOHYBAHHA CUTHAJIbHUX
CACTEM KNITUH

1.1. 3HAYEHHA CUTHAJIbHAX CUCTEM
Y BIOJIOTIYHUX OB’EKTAX

+KuBi opranismMu € BiIKpUTUMH TEPMOAUHAMIUHMMU CHUCTEMAaMH,
AKi 3HAYHOI0 Mipoi0 3ajeKaTh BiJi 30BHIIITHLOTO OTOUEHHS. 3 O-
HOTO OOKY, CepeIoBHUIle iICHYBaHHSA € IKepeoM eHeprii Ta OyaiBesb-
Horo marepiasy. Opranismy HeoOXiZHO aJeKBaTHO pearyBaTH Ha IIi
I:Kepesia, 1100 ONTUMAJIbHO iX BUKOPHCTOBYBATHU. 3 iHIIIOTO GOKY,
cepeoBUIlle He € CTA0iIbHUM 1 IOCTiiHO 3MiHIOETHCS, TOMY MOJKeE
oytu (paxTopom mecrabimisaifii. Taxki sMiHM MOMKYTH MaTH AK IIe-
piognunuit (ces3oHHi, m0OOBi puTMHM), TaK i HOBiJIbHUII XapakxTep.
daykTyallil 30BHIIIIHIX YMOB CIIOCTEPiraroThbCs He TiJIbKU B MerKax
HOpPMHU peakIlii oprauiamy. ExcTpeMasibHi YMOBU MOXKYTh IIOPYIITUTH
CTPYKTYPHY IIiJicHicTh Ta (pyHKIIIOHAJIbHY aKTHUBHICTHL OpraHiaMmy,
CTaBJAYU il 3arpos3y MOro icHyBaHHs. ¥ OyAb-IKOMY BUIIAAKY,
1006 MiHimMisyBaTM HeraTUBHUI BILJINB HECIPUATINBUX YMOB, Op-
raHisM IIOBMHEH BMiTH PO3MHi3HaBaTU 3MiHM B HABKOJMUIIHBOMY Ce-
penmosuili i, BiAmoBigHO, pearyBaTu Ha HUX 3MiHOIO (DYHKITiOHAJIb-
Hol akTuBHOCTi. Taka 3maTHICTH H03BOJISIE OPTraHi3ZMy ajgalTyBa-
THCA M0 MIHJIMBUX YMOB, a TaKOXK e(deKTUBHO pereHepyBaTH IIO-
IIKOI’KeHHsA, CIPUYNHEH]I eKCTpeMaJIbHUMU YMOBaMHU.

3maTHiCcTh, posmidHaBaTH 3MiHU B CEePeNOBUIIL iCHYBaHHSA Mae
He TiJIbKU OpraHiaMm y I[ijloMy, ajie i KoskHa #oro KJaituHa. Ilpm
IIbOMY 30BHIiITHIM (eKCTPaKJITHHHMUM) II[OJI0 OKPEMOI KJITUHU € He
TiIBKY CYTO HABKOJIUIIIHE CepPeNOBUIIE, ajie i BHYTPIIlIHE cepemno-
Buirie opraismy. IIpocTopoBo BigmasieHi yacTuHM 6AraTOKJIITHHHOIO
OpraHidaMy € B3a€EMO3aJIe’KHUMMU Ta IMOBUHHI (QYHKI[iOHyBaTu
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y3roIKeHO0. ¥ 3roKeHicTh po00OTH BCiX YacTHH OpraHismy sabesiie-
YyeThCsl 3aBASAKU (PYHKIIOHYBAHHIO CKJAMHOI cHCTeMU Iepenadi
MUKKJIITUHHUX CUTHAJNIB (XimMiuHUX, eleKTpuuHuUx). Biosoriuni
GyHKIil KIiTuHN, OB A3aHI 3 OHTOMEHETHUYHNM PO3BHUTKOM Opra-
Hi3My Ta peakIlielo Ha MiHJMBiI 30BHIIIIHI yMOBHU, peai3ylThbCs
3a JIOIIOMOTOI0 PO3IIiBHABAHHS EKCTPAKJITMHHOTO CTHUMYJY pelell-
TOPOM i IOJAJIBIIIOI aKTUBAIlil MexXaHi3MiB Iepegaui BHYTPiIIHBLO-
KJIITUHHUX CUTHAJIB, AKi IPUBOSATEL N0 (DOPMYBaHHSA peakIlii-Bij-
HOBimi KJIITMHMN Ha 30BHIIIHI BILIUBU.

IIIBuaki Ta moBinbHI peakmii. CHpUAHATTA €KCTPAKJIITHHHOTO
CUTHAJIy 3IiJICHIOEThCA KJIITUMHHUMM pererTopaMu, a IOTiM Iepe-
IAaeThbCs Y BiAIMOBiAHI KJIITMHHI KOMIIADTMEHTH OO KiHIIEBUX Mi-
IIeHel, BiJ AKUX 3aJIeKUTh (PYHKI[IOHAJTbHA aKTHUBHICTh KJIITHUHH.
Peaxiii-BigmoBigi KiaiTMHM OpUAHATO AiJIUTH HA MIBUAKI Ta mO-
BinbHi (puc. 1). IlIBuaki peakuii mpoABIAIOTHCA MPAKTUYHO Biapasy
Oicasa COPUUHATTA CUTHANY, OCKiJIBKM BOHH IIOB’s3aHi 31 3MiHOIO
AKTHUBHOCTI cHcTeM Ta iX KOMIOHEHTiB, AKi € y KJiTHMHiI Ha Mo-
MEHT COPUUHATTA cUrHaxy. IIpumriaamoM IMBUIKUX pPeakxIiliii Mo-
JKYTh CJYKUTU 3MiHU iHTEHCUBHOCTI Ta HAIIPAMKM TpaHcMeMOpaH-
HIUX iOHHMX MHOTOKiB i IIOB’sI3aHUX 3 MM IIPOIIECIiB MOIYJIAIl aK-
TuBHOCTI (pepmeHTiB. IloBimbHI peakuil 3asesxarhb Bix O6inKiB, AKi
CHUHTEe30BaHi de novo, ToO6TO BOHM IIOB’sI3aHi 3i 3MiHOIO eKcIIpecii

CurHan CurHan
/) /)
R) \R)
7, //’-‘\\\ 7 /—\\\
/7/ Alapo \\\\ 7/ Anpo \\\ @
NN | H?W%ﬂ‘;//' -
W / W Ytk 1l i
AN /// ANN ’\/\//// v
NI NI Edekr
LWBmaki peakuii MoBinbHi peakuii
Puc. 1. IIIBuaki i moBisbHI peakirii:
R — pemenTop; P — 0inok, cuHTe3oBaHU de novo;
E — depmenT; tk — TpaHCcKpuIIIis;
C,, — IOTJIMHAIOUUI KaHAJ; tl — rpaHcHAnia

C

— BUBITHUI KaHaJ;

out
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TeHiB, TOMY PO3BUBAIOTHLCS MPOTATOM OiJIBIII TPUBAJIOTO Yacy IIO-
piBHAHO 31 mBuakMMU. 3MiHa HaO0OpPYy reHiB, IO €KCIPECYIThLCH,
3IIMICHIOETHCS 3a PaXYHOK SK MOJIYJIAIl akKTHBHOCTI BiKe iCHYIO-
YUX TPAHCKPUOIIHHUX (PAKTOPiB, TaK i CUHTE3y HOBUX TPAHCKPMUII-
HiHUX PeryasaTopiB.

1.2. KOMIMOHEHTU CUTHAJIbHUX CUCTEM

CucremMu BHYTPIITHBOKJIITHHHOI TPAaHCAYKIIiI CUTHAJIIB CKJIama-
IOThCA 3 PiBHOMAHITHUX KOMIIOHEHTIB, IIJ0 PO3PiBHAIOTLCS 3a IIPU-
3HaUeHHAM 1 pyuKIiaMu. OCHOBHUMY KOMIOHEHTAMU CUTHAJIbHUX
CHCTEM € pelentopu, e)eKTOpU, BTOPUHHI MeceHmxepu, G-6inku,
Moau(iKyOUi CUTHAJbHI (DEPMEHTU, aJalTepPHi MOJEKYJd Ta KiH-
meBi mimreni.

Penentopu cnpuiiMaloTh eKCTPAKJIITUHHI CUTHAJIM Ta 3aIrycKa-
IOTh KaCKaJHWII CUTHAJIbHUNA MeXaHidM Bcepeamui Kiitmuu. Kiri-
TUHUA MAalOTh PisHI THUOM cIieriajisoBaHUX PeIeNnTopiB, AKi pos3mis-
HAIOTh IIeBHUI BUJ CUTHATY.

G-6imKM — 0COo0IMBI CUTrHAJBHI MOJIEKyJH, 110 MaoTh GTPasuy
aKTHBHICTh. 3aTHICThL IepefaBaT CUTHAJ 3aJeKUTh Bil TOTO, AKUI
iz mykmaeorunis (GDP a6o GTP) micTuThca B ryaHiHHYKJIEOTH/I-
3B’A3yBAJLHOMY II€HTPi.

Edexropu (abo edexTopHi Mogerkyau) — 1e hepMeHTH, 1110 Ka-
TaJIi8yIOTh CMHTE3 BTOPMHHUX MeceHIKepiB. o edeKTOpiB TaKOK
CJim BimHecTW KaJbIlieBi KaHaAIM Ta MEePeHOCHUKMU, Bim AKuUX 0es-
ocepeIHbO 3aJIeKUTh KOHIIEHTPAIlis i0HIB KaJbIlil0 B IUTOILJIa3Mi.

Bropunni meceHmxepu — Ie HU3BKOMOJIEKYJIAPHI opraHiuHi
croayku abo ioHu, 3maTHi 3abesmeuyBaTu Iepemady CUTHAJY IILIs-
XOM aJIJIOCTEePiuHOI peryadilii curHaJbHUX ITocepeaHukiB. Momyis-
I[ig aKTUBHOCTI KOMIIOHEHTIB CUTHAJBbHOTO JIAHIIIOTA BTOPUHHUMU
MeceHIJKepaMu 3MiHCHIOEThCA IIPU MOCATHEHHI HMMHU IeBHOI KOH-
nenrpartii. Ha piBHi edexkTopiB 3abe3meuyeTbcsa IIOCUJIEHHSA CHUT-
HaJy, OCKiJIbKY BOHU CHUHTE3YIOTh BEIUKY KiJIbKICTh BTOPMHHUX
OCEePeqHNKIB, AKi 3IaTHI aKTUBYBaTU BEJUKY KiJIbKiCTh CUTHAJE-
HUX IIOCepPeTHUKIB abo KiHIeBUX MiIlleHeli.

ApanrepHi monekynau — 0inKu, AKi, 3a3Buuali, He BUSBJIAIOTH
cuenudivHy aKTUBHICTh, KPiM 3IaTHOCTi 3a IIEBHUX YMOB B3a€EMO-
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OisiTH OJHOYACHO 3 ABOMAa abo OijbIlle CUTHAJIBHUMU IIOCEPeIHI-
Kamu. Baaemopia 3milicHIOETHCA 3a PaxXyHOK KOMILIEeMeHTapHUX
MOoBepXOHb. Hampukjaj, pemenTop MOKe BILIMBATA Ha eheKTop
Uy iHITY CUTHAJBHY MOJIEKYJY TiJIbKHU uepes aJalTepHUuil 0iJoK.

CurnanpHi Mosiekyan-depMeHTH 3a0€3IEUyIOTh IIOCTTPAHCIA-
mittny momudikariro mocepenHukKiB nepemaui curnany. (Coing Bigpis-
HATHU Bim edexTopiB, AKi Texx € hepmMeHTaMu, ajie CIeIiali3yThCs
Ha CUHTEe31 BTOPDUHHUX MeCeHMKepiB). BinmbIricTs mocTTpancaaIrii-
HUX Momudikalliii, AKi BUKOPUCTOBYIOTHCA y CUTHAJIIHTY, Ma€ 000-
POTHUIT XapaKTep, HAIPUKJIAL IpUEIHaHHA a00 BiAlenaeHHs IIeB-
HuX rpyn. IIpoBigHY poJib cepel TAKMX CUTHAJILHUX IIOCEPEIHNKIiB
BUKOHYIOTH IIPOTeiHKiHasu Ta mporeindocdarasu, 1o 3abesmeuy-
I0Th (DYHKI[IOHYBaHHA KiHasHO-(pochaTasHOTO ITUKJIY.

Kinnesi mimeni 3a0esmneuyoTh HeoOXimHUN (QYHKIIOHATBHUNA
CTaH KJIITUHU OJIsg KOHKpeTHuUX ymoB. Humu uacriiie € pepmeHTHn
a00 TPAHCKPUIIIiNHI (hakTopHU.

3amnycK TPaHCAYKII CUTHAJNY y KJIITHHI IIOUYMHAETLCS 3 pellemn-
Topa i 3aKiHUYyeThCSA MOAYJISIIi€I0 AaKTHUBHOCTI KiHIIEBUX MiIlleHeii.
OpHax IPOMiKHI KOMIIOHEHTH CUTHAJBHOI CHCTEMU MOMKYTH OyTH
IpeACcTaBJIeHI IITUPOKUM CIIEKTPOM Pi3HOMAHITHUX (PYHKIIIOHAJIBHUX
moJiekyJi. KiJIbKicTh i THI KOMIIOHEHTiB KOKHOI KOHKPETHOI CHT-
HaJIbHOI cHUCTeMHU MeBHOI0 Mipor cmenudpiuui. Hanpukmaan, B of-
HHUX CHCTeMaX MOXKYTb OyTH BifcyTHiI edeKTopu i BTOPHUHHI Mece-
HI)KepH, a B IHIIUX — Yy Iepefadi CUTHAIY MOXKYTb OyTH 3aJy-
yeHi KigbKa THUIIB edeKTOPHUX MOJEKYJI, a BiAIIOBigHO, i BTOpPUH-
HUX MOCEPEeIHNKiB, IO MiIOTh IIOCJHiZOBHO abo mapajenbHo. Haii-
O1JIBIIT KOPOTKUUM CUTHAJBHUI JIAHIIIOT CIIOCTEPira€Thbcsa B TOMY BU-
OagKy, KOJU PEIeIrTop € OJHOYACHO KiHIleBOoio MimienHro. Hampwu-
KJaJ, iCHYIOTh pPerenTopu JimodiJbHUX JIiraHAiB, AKi ogHOYACHO
€ TPAHCKPUIIIIHHUMU (PAKTOPAMMU.

1.3. CYTHICTb NMEPEQAYI CUTHANY

BubipkosicTs B3aemogii. Misk nBOoMa Oyab-AKMMU MaKpOMOJIe-
KyJamMu abo MiKpoMoOJIeKyJIaMU MOKJINBa BaaeMomisa. OmHak IIpu
HasgBHOCTi BeJIMYE3HOTO0 PO3MAITTS PEUYOBUH y KJITHMHI cmocTe-
piraeThcsa cyBopa BHOPAIKOBaHICTH B3a€EMOJill, TaKk OM MOBUTH,
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ix «ycBimomieHicTh». Hampuriaazn, xaTaliTuuHa aKTHUBHICTBE (ep-
MEHTiB cOpsMoBaHa Ha crenu@iuyHuil cybcTpaTr, CTPYKTYPHI MoJie-
KyJU YKJIaJAalThCA B arjoMepaTH, YTBOPIOOUYM KJIITUHHI CTPYK-
Typu, TOPMOHU B3a€EMOJIiIOTH 3 MEBHMMMU perenTopaMu Toirmo. Ilo-
Ii0HO MO0 IIBLOTO CcHeIn(iuHO B3a€EMOIIIOTh OOUH 3 OAHUM CUTHAJIBHI
MOJIEKYJIN.

MixxkMoseKyaapHi B3aeMomil 3MifiCHIOIOTHCA 3a PaXyHOK cJiad-
Kux cuj. Ane paa Toro mob mi cuiau Oysu DOCUTh e(PeKTUBHUMU
Ta 3abesneuniz BUOipKOBiCTh B3aeMoOil, HeOOXiqHO YTBOpPEHHs Oa-
ratbox 3B’sa3KiB. CiabKi cuin, Sk BimoMo, HabyBarOTh MaKCHMAJb-
HHUX 3HAUEeHb, SKIIO B3a€MOiIOUi I'pymu MicTATHCS Ha BiAmoBia-
HUX BifcTaHax omHa Bim omuoi. IloBepxHi MOJeKyJ, SKi T03BOJIS-
IOTh YTBOPIOBATU OINTHUMAJBLHY KiJbKiCTh CJIa0KMX 3B’A3KiB, Ha3U-
BalOThCA KOMILIEeMeHTapHuMu (puc. 2).

IIpu popMyBaHHI CTPYKTYPHUX arjioMeparTiB, IO SABJIAIOTH CO-
0010 CTAaTUUHI KOMILIEKCH, YAaCTO € BAYKJIMBUM HASIBHICTH MaKCH-
MaJIbHOI KiJbKoCTi ciabkux 3B’a3KiB. OgHax mpu yTBOPEHHI Au-
HaMiUYHUX CHUCTEM, I PYHKI[IOHYBAHHS SAKUX IPUHIIUIOBUM € HE
TiIBKU acolliailis, aje i AUcOoIliallid MOJEKYJSIPHOr0 KOMILIEKCY,
€ HeoOXiTHMM BCTAHOBJIEHHS ONTUMAJILHOI KiTBKOCTI cJa0KMUX 3B’s13-
KiB, ski, 3 omHOro OOKYy, 3a0esmeuaTh crnenudivuHicTh B3aeMoOmIii,
a 3 iHIIIOro, He MepPeIlKOIKATUMYTh AUCOoIrialrii.

IIpu conemmudiuHiit B3aeMomii MaKpPOMOJIEKYJ CIOCTepiraeTbes
B3a€EMHMU BILINB IXHIX e€JIEKTPOHHHUX T'YCTHUH OAHA Ha OOHY. B pe-
3yJILTATI IIe MPUBOAUTEL M0 3MiHN KOH(pOpMAIlil MoJeKyJ, 1Mo 0es-
mocepeqHbO BiOMBAaeThCA HA iXHIWl aKTUBHOCTI.

KOMMAemMeHTapHi HeKoMMieMeHTapHi
noBepXHi noBepXHi

Puc. 2. KommiemeHTapHI Ta HEKOMILJIEMEHTAPHI MOBEPXHiI MOJEKYJI
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Mexanismu nepegaui cursaixy. B ocHOBi mepenmaui curuasy Je-
JKUTHh MOJIEKYJIAPHUNA MexXaHi3M, 3a JOIIOMOI'OI0 SAKOT0 3MiHIOETHCS
AKTHUBHICTh CUTHAJBHUX IIOCEPeIHUKIB. MoAyIAIis akTUBHOCTI II0-
CepeIHNKiB 3MiMCHIOETHCA PiIBHUMHU CIIOCO0aMU, cepen AKHX Haii-
OiJIBIN Ba'KJIMBUMHU €:

1) B3aemHe 3B’sA3yBaHHS, fKe BU3HAYAETHCA HASABHICTIO KOMILIe-
MEHTAPHUX IIOBEPXOHb (HAPUKJIAL, BIisHABAHHS I'OPMOHY pe-
IeIITOPOM);

2) xkoBajeHTHa MmMomudikaiia (BBegeHHs abo BifIleneHHS TPYII;
YTBOPEHHS ab0 po3puB 3B’SI3KiB Y MAKPOMOJIEKYJIaX-KOMIIOHEH-
TaX CUTHAJBHOIO JIAHI[IOTA);

3) 3miHa MikpooToOueHHs (3MiHa KOHIEHTpAIii i0HiB, y TOMy umci
mporoHiB (pH), i HUSLKOMOJIEKYJIAPHUX OPTAHIUHUX PEryJIATO-
piB).

Bynab-saxkuit 3 Mux BIJIMBIB IIPOBOKYE 3MiHy KOoH(oOpMAaIlii MaKpo-
MOJIEKYJIN-IIOCePEeTHINKA, Bil AKOI 3aJeXuTh ii akTuBHicTb. Momy-
JAIiS aKTUBHOCTI CUTHAJBHOTO IIOCePeTHMKA BU3HAUYAE MOro 37aT-
HiCTh BILIMBATK HA MOMAJBINI KOMIIOHEHTH CUTHAJBHOTO JIAHITIOTA
(puc. 3). B nimomy, aKT mepemadi curHaJsy B paMKax OJHOTO TOCe-
PemHUKA MOXKHA MPEJCTABUTHU Yy TAKOMY BUTJIAII:

BILINB — 3MiHa KoH(popMaIllii — 3MiHa aKTUBHOCTI.

Cxin BayBasKuTH, IO OPU CHPUUHATTI CUTHAJNY aKTUBHICTH
mocepefHMKA MO’Ke 3MIiHIOBATHCA B PIBHUX HaIpAMax i 3 pisHOIO
cuiow. Ile 3aneXuTh BiJi KOHKPETHOI CUTHAJBHOI Iapm Ta 0OCO-
OnmBocTel iX B3aeMonii. AKTHBHICTH ITOCEpeHUKA MOXKe I'pasi-
€HTHO 3MeHITyBaTucsa abo 36iabIIyBaTHCs, a TaKOMK aKTHUBYBa-
THUCS 3 PEIpPecoBaHOTO CTaHy (BKJouaTucs) abo, HaBIaKku, iHTi0Oy-
Batucda (Bumukrarucsa). ([yga onucy GyHKIIOHyBaHHA TillOTETUY-
HUX CUTHAJBbHUX CHUCTEM i MOCEepPeIHUKIB MU OyAeMO TOBOPUTHU IIPO
MOAyJAIlil, a0 3MiHM aKTHMBHOCTI MaKPOMOJIEKYJI-IOCEPETHUKIB,
OCKiJIbKM aKTWBAIlid CUTHAJLHOI CUCTEMH MOKe OyTHM TOB’si3aHa
AK 3 aKTHBAIli€l0, TaK i 3 pempeciero OKpeMnxX KOMIIOHEHTIB i Mo-
IYyJiB cuCTeMH).

1 HUBbKOMOJIEKYJIAPHUX PETYJIATOPIB (BTOPUHHUX MECEHIKe-
piB), AKi omocepeIKOBYIOTH mepemauy CUTHAJIY MiK JBoMa MaKpo-
MOJIEKYJIaMU, CYTTEBOIO O3HAKOIO yYaCTi B CUTHAJIBPHOMY MeXaHi3Mi
€ 3MiHa KOHIIeHTpAaIii.
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MaxkpoMoJsieKyIapHi HusskoMoseKyaapHi
mocepeTHUuKHN mocepeTHuKN

e BIIMB (IPUAHATTA CUTHA- ® MOAYJIAIiA aKTUBHOCTI
ay); eexTopiB abo iOHHUX Ka-

e 3MiHA KoH(popMaIii; HaJIiB;

e 3MiHa aKTUBHOCTi (IrOTOB- e 3MiHA KOHIIEHTpAIlil BTO-
HiCcTh IO Iepemadi curua- PUHHUX MeCeHI:KepiB;
ay) ® MOAYJIAIiA aKTUBHOCTI

CUTHAJBbHUX HOCGpe,Z[HI/IKiB

TpaHcayKIlissi curHay Bij peleniTopa [0 KiHIIEBUX MillleHEeH,
y AKift MoyKe OyTH 3amisiHO OaraTo KOMIIOHEHTiB, €, BilacHe, IOUYep-
TOBOI0 3MiHOI aKTHBHOCTI IIePEeHOCHHMKiIB CUTHAJy, a B pasi BTO-
PUHHUX MeCeHIKepiB — IXHBOI KOHIIeHTpaIlii.

Hanpuknaan, perentop y pes3yiabTaTi akTtusallii Habysae 3mat-
HOCTi B3aeMoOAisaATH 3 amanTepHuil 6iJIKOM, uepes AKHI BiH cTH-
mysoe edektTop. EddexTop Karanmisye cuHTe3 BTOPUHHUX MeCEH-
IKepiB, AKI MOAYJIIOIOTH aKTHUBHICTH NPOTEIHOBUX KiHA3 TOIIO.

Puc. 3. Ilepemaua curmamuy:

A — xommonenTu K1 i K2 He B3aeMOAilOTHL OJUH 3 OJHUM;

B — xoBasmenTHa moxumdikamia kommoreHTa K1 (dochopuioBaHHA) mIpo-
BOKY€ 3MiHY KOH(popMaIii MoJieKyJin, B Pe3yJIbTaTi YO0 YTBOPIOETHCA IIO-
BePXHs, KOMIJIEMEHTApHA MOBEPXHI MOJIEKY/an KoMmoHeHTa K2;

B — xkommonentu K1 i K2 Bzaemogitors: K2 mabyBae koH(dopmarriio,
1[I0 [TO3BOJISIE€ B3aEMOMISATHA 3 HACTYIHUM KOMIIOHEHTOM CHUTHAJLHOI CHCTe-
MK
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TakuM UYMHOM, KOYKEH CUTHAJbHUU NEePeHOCHUK BIJIMBAE Ha Uep-
roBUii KOMIOOHEHT CHCTeMHU TPAHCAYKIII CUTrHaJy, 3MiHIOIOUM HOTO
dyHKIioHaABHHUI cTaH. [IpruomMy MOAYJAAIISA aKTHUBHOCTI OJHOTO
KOMIIOHEHTA 3YMOBJIOE 3MiHYy akTuBHOCTi iHmioro. IlocirimoBHa
3MiHa CTaHY IIePEeHOCHUKIB CUTHAJIY SBJAE CO00I0 KacKaj peakIlii,
TOMY TaKUH CIIOCi0 mepemauvi BHYTPIIIHBOKJITHHHUX CUTHAJIB Ua-
CTO HA3MBAIOTh KaCKAaOIHUM MexaHi3moMm (puc. 4).

Onucyouu CUrHaJbHI CHUCTEeMU, IJd IIO3HAUEeHHS BiJHOCHOTO
posTanryBaHHA KOMIIOHEHTIB YacTO BUKOPUCTOBYIOTH TEPMiHU am-
crpuM (aHen. upstream — Bropy sa Teuieio) i maymerpum (anen.
downstream — yHus 3a Teuieio). Bei peryasitopu, Big sskux crika-
€ThbCs CUTHAJ HA KOHKPETHUI KOMIIOHEHT, € I[0J0 HbHOTO alCTPUM
CUTHAJbHUMHU KOMIIOHeHTaMu. Tofi K peryiaaropu, Ha AKi mepena-
€ThCSI CUTHAJI, HA3WBAIOTh JAYHCTPUM CUTHAJILHUMU KOMIIOHEHTaMMU.
IIpunyctumo, 1110 B CUTHAJIBHIN cucTeMi (pyHKIIIOHYIOTH 5 KOMIIO-
HEHTiB i mepegaua curHajay 3OiHICHIOETHCS B HampAMKYy 1 — 2 —
3 > 4 — 5. Toxi BigHOCHO KOoMIIOHeHTa 3 peryJasaropu 1 i 2 € am-
cTpuM, a 4 i 5 — mayHCTPUM CHUTHAJBLHUMHU HapTHEpPaMH.

V¥V crpollieHOMYy BapiaHTi KacKaaHWII MeXaHi3sM Mo:Ke OyTU IIpe/-
CTaBJIEHUN y BUTJISAAL JiHiNHOI mocaigoBHOI mepegaui curaaay. Og-
HaK HacIpaBi HaluacTillle MOIIMNPEHHS CUTHAJy B KJITHHI Mae Bi-
SJIOBUI XapakTep, TOOTO CTUMYJIAIiS OJHOTO PEIerTopa MOIYJIIOE
aKTUBHICTb, 3a3BMUall, 0araTbox KiHIeBUX MileHei. Hampukaan,
OiJ BIIIMBOM KOHKPETHOrO TOPMOHY B KJIITHHI aKTUBYETHCA €KC-
mpecid 1isoro Habopy reHis.

Hemae curnany ® > @ XK S T
CurHan —> @—»@—»—»—»Ed)ex'r

Puc. 4. Kackaguuii MmexaHizMm.

CurnajgbpHa cucreMa, 110 CKJaAaeThcsa 3 perenropa R, Kinmesoi mimreni T
i mpomiskHUX KoMmoHeHTiB A i B, 3a BimcyTHOCTI curnany mepebyBae B He-
aKTUBHOMY cTaHi. CTUMYJ/IIOBAaHHSA peIlernTopa BiATOBIAHUM CUTHAJIOM IIPHU-
BOJUTH IO IOCJiJOBHOI MOAYJIAIIl aKTUBHOCTI BCiX KOMIIOHEHTIB CHCTEMU,
10 B Pe3yJbTaTi IPUBOAUTH OO PO3BUTKY peaKIlii-BiAmoBimi Ha curaas

(edexrT)
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Kpim Toro, unmasio iHTpaKJiTHHHUX CUTHAJBLHUX CHCTEM TiCHO
moB’s3aHiI omHA 3 ONHOIO0. B3aeMopiroum, BOHH MOKYTH CIPUSTHU
B3a€EMHOMY TIOCHUJIEHHIO, IOCJIA0JIeHHIO, a TAKOK IIPOSABY SIKiCHO iH-
mIoro e()eKTy IIOPiBHSAHO 3 TUM, SKHUI HMPOABIAETHCA 3a (DYHKI[IOHY-
BaHHSA IIUX cucTeM okpeMo. KackagHi MexaHisMu MOKHA IpejcTa-
BUTU Y BUIJIALL CUTHAJBHOI Mepeki, 1o mpoHusye Kiaituay. Cur-
HaJIbHI MIIAXYW MOXKYTH OYTH HACTILIBKU IepeIlIeTeHi Ta B3aEMO-
3aJIeKHi, 110 YacOM BasKKO ieHTU(}IKyBaTU IPUUYMHHO-HACTIIIKOBI
3B A3KHM IIPU BMBUEHHI MeXaHisdMiB TpaHCAYKIiI curmamy.

1.4. EOEKT MOCUNEHHA B CUTHAJIbBHUAX CUCTEMAX

Bak/InBoIO XapaKTepHUCTHUKOIO MeXaHi3My BHYTPIIIHbOKJIITHH-
HOI mepenaui curHaay € edeKT IMOCHIEHHSA. 3aBAAKMU Iifi BJa-
CTUBOCTI KJIITMHU 3maTHiI popMyBaTH BigmOBigHI peaxiiii sHauHOI
CUJM Ha BIJIMB CJa0KUX 30BHIIIHIX CUTrHaJiB. 3araJibHUIl IIPUH-
uun ederTy MOCUJIeHHA — 30iJbIIeHHA KiJIbKOCTI CHTHAJBHHUX
nocepeaHHUKIiB y mpoueci momupeHHsa curHaiay. [locuimenHs cur-
HaJly 3IilICHIOETHCA TiJIbKM HA KOHKPETHUX MIISHKAX CUTHAJIBLHOTIO
JaHIora. KMo mocepefHUKU 6epyTh yUacThb y Iepefadi CUTHATY
B eKBIMOJISPHUX KIiJIBKOCTSX, TO IIOCUJIEHHSA He BigOyBaeThbcsa. Ha-
MIPUKJAM, IPU Iepeladi CUTHAIY ILJISXOM B3a€MHOTO 3B’s3yBaHHSA
oJHa MaKpPOMOJIEKYyJia MOAYJIOE aKTHUBHICTH TIIBKM OJHiel MoJie-
Kyau. OmHak AKIIO B CUTHAJBbHOMY MexaHisMi 0epyTh ydacThb (ep-
MEeHTH, CIIocTepiraeTbed miacuamnunii epexr. Tak, edeKTOpHA MO-
JeKyJia BHACJIiIOK aKTHBAIlil CHHTe3y€ BEJUKY KiJIbKiCThb BTOPUH-
HUX MECEeHIKepiB, AKi peryjaoBaTUMyTh aKTUBHICTH 3HAUHOI KiJb-
KOCTi CUTHAJNBLHUX IIOCEPEIHUKIB, Y TOMY YHCJII KiHIIeBUX MiIle-
Heli (puc. 5).

Ha ginaumni mocuieHHSA curHanay, KpiM 30iJbIIeHHS KiJbKOCTi
ONHOTHUIHUX PEryJATOPHUX MOJIEKYJ, Y CATHAJbHUN MeXaHi3M Mo-
JKYTh 3aJIydyaTHCA IIOCepeNHMKHN pisHuxX TuniB. Hampukian, Taki
BTOPUHHI MeceHmKepu, aK ioum Ca?', smaTHi MOLy/IIOBATH AKTUB-
HICTh MEKiJIbKOX THUIIIB CUTHAJbHUX MOCEPEeIHUKIiB — (epMeHTiB,
TPAaHCKPUNOIMIiNHUX (paKTOpiB, iOHHMX KaHaJiB Ta iH.

EderkT mocuneHHsa 3a0e3neuyeThbcsA B pe3yJabTaTi (PYHKIIIOHY-
BaHHS TaKUX IIPOIECiB:



TPAHCKPUMLIAHUI KACKAL 17

Edekr

coran — @) — () — @) — @ —[*] Q%_,

@_>
@#n§%~

Puc. 5. EdQeKT nmocujaeHHs B CUI'HAJIbHUX CUCTEMAax.

EderT mocunenns cmocrepiraetbesa Ha erani 2—3 i 4—5. KomnonenTu 2 i 4
MOAYJIIOIOTh aKTHUBHICTL OaraTbox MimneHei. KommonenTu 1 i 3 B3aemo-
IifoTh 3 KoMImoHeHTaMu 2 i 4, BiAMOBiAHO, B eKBIMOJIAPHUX KiJIBKOCTAX

e CHHTE3 BTOPHUHHUX MECEHIKepiB edeKTopamu;
HOoCTTPaHCHAANilTHA MoaudiKallis CUTHAJIBHUX MaKPOMOJEKY.JI
(xkinasu, (ocdarasu Ta iH.);

® TPAHCJSAIA 1 TPAHCKPHUIIILis;

3MiHa mBuAKocTi moToKy iouiB Ca?' uepes mem6Gpany (Ca?"-Ka-
HaJ1 i IepeHOCHUKH).

1.5. TPAHCKPUNUINHUN KACKAL

Po3BuToK peakIii-BigmoBizi Ha 30BHIIIIHI BIJIMBU YacTO CYIIPO-
BO/I’KYEThCA aKTUBAI[I€I0 T'€HiB, IO KOAYIOTH TPAHCKPUIIIiNHI pe-
ryaaropu. HoBocuHTe30BaHi (haKTOPU TPAHCKPUIIIii 6EPYyTh yYacCTh
y peryJdrnii exkcupecii gpyroi rpynu rexis. TakumM 4mHOM, CUTHAJb-
HU MexaHi3M MOKe BKJIIOUATH B cebe He TiIbKM aKTHUBAIIIIO TpaH-
CKpUNOIiHHUX (PaKTopiB, ase i iX cuHTE3. MexaHidM, IO BKJIOYAE
KiZbKa MOCJIiIOBHUX TPAHCKPUIIIif, Ha3WBAIOTh TPAHCKPUIIiHHAM
Kackaaom (puc. 6).
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Puc. 6. Tpauckpuniifinuii Kxackas.

30BHIIIHIN cuUTHAaJ, [0 COPUNMAETbCA KJIITHHHUM perentopoM R uepes
KommoHeHTH A i B mepegaerbeca Ha TpaHcKpumitiinuii paxktop C, AKUIT aK-
THUBYE eKcIIpecito reHa D, 1o Koaye TpaHcKkpumitiiitauii pakrop D. Tpance-
Kpuniiiiauit paxrTop D cTumysrtoe Tpanckpuniito redis E, F i G, aKi Ko-
nyiotb 6inku E, F i G

TpaHCKpUNMiAHUN KacKajl ABJISAE cCO00I0 MOCUTH HOINHPEHEe
apuiiie. I'pymna reHiB, aKTUBHICTh AKHX 3MIiHIOETHCSA IIiI i€l 30-
BHIIITHBOTO CUTHAJY B IIEPIITY 4Yepry, Ha3WBaeTbcs paHHiMu. ['eHu,
AKTUBHICTH AKUX MOMYJIIOETHCA HOBOCHHTE30BAHNMU TPAHCKPUIIITiTi-
HUMHU PeryjsTopaMu, HAa3WBAIOThCS Mi3HiMH. BinpmiicTe pammix
TeHiB € peryasaTopHUMU. BOHU KOAYIOTh TPAHCKPUIIiiiHI peryis-
TOPY, KOMIOHEHTH YOiKBITHHYIOUOI CHCTEMM Ta iHII peryJsaTopHi
O0inmku. IIpogyKTu pamHixX reHiB 0araTo B YoMy BM3HAUAIOTh 3PA30K
excIpecii misHiX reHiB, Big AKuX 0e3I0CepPeIHBO 3aJTEKUTh PYHK-
ImioHajgbHa AKTUBHICTDL KJIITHUHU.

PerynaropHuii MexaHisM, AKHI BKJIOUae B cebe MOCIiZOBHMII
CHHTE3 KiJIbKOX TI'PYI TPAHCKPUIT-PAKTOPiB, HA IEPINUN HOTJIALI,
MOJKe 3JaBaTUCSA MOBLIbHOAiIIOUMM i rpomisgkum. IIpore 1e HeoO-
XigHO mJa 3mificCHeHHSA peryJidilili reHHOI excrpecii 3 mosuirii Mmak-
cUMaJIbHOI €eKOHOMiuHOCTi mporeciB. 3a 3MiHM yMOB, 3a3BUUAal,
AKTHUBYEThCSA Ta PEIpPecyeThCs BelnKa KiJbKicTh remiB. 3abesIie-
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YUTA MUTTEBY MOAYJISIIiIO BiApasy BCiX HEOOXiTHMX TI'eHiB JTOCUTH
CKJIaJHO, OCKIJMBKHU OJIS IILOTO IIOTPiOHA 3HAUHA KiJbKiCTh TpaHC-
KpuUniiiinnx GakToOpiB i KOMIIOHEHTiB CUTHAJLHUX CHCTEM, SIKi aK-
TUBYIOTh IIi TpaHCKpuUOT-pakTopu. IIpuuyomy cuHTe3 i Tux, i iH-
MINX MOJIEKYJ HeoOXiJHO IiATpuMyBATH HA MEeBHOMY PiBHI B HeiH-
OVKTUBHUX yMoBax. IligzTpumManusa B poOOUYOMY CTaHI UMCIEHHUX
CUTHAJLHUX CHCTEM, I10 3a0e3eUyioTh IPAMY aKTUBAI[iI0 BeJIU-
Kol KimbkocTi reuiB, HeBUTigHO nada KiaiTuHu. CucremMa peryJsirii
HIJIAXOM TMOCJiJOBHOI aKTHBAIlil CMHTE3y KiJIbKOX TPaHCKPUIIIIiii-
HUX (paKTOpiB moTpedye MiHiMaJIbHUX BUTPAT HA IIOCTiliHE HiATpU-
MaHHS IMOPiBHAHO HEBEJMKOI KiJTbKOCTI cUrHaJbHUX cucTeM. Kpim
TOr0, CUHTEe3 (haKTOpPiB peryadArmii TpaHCKpPHUIIIil BHACIIZOK aKTH-
BaIlil KacKagHUX MeXaHi3MiB CTBOpPIOE e(peKT IIOCUJeHHSI. AKTu-
BalIliag eKcmpecii ogHOro reHa IIPUBOAUTL IO HEOJHOPA30BOI TpaH-
CKPUNIii, IPUUYOMY KOKEH YTBOPEHHUII TPAHCKPUNOT MicJsd CILIaii-
CUHT'Y MOJKE CJIYKUTU MATPUIEIO AJs CHHTe3y 0araTboX MOJIEKYJI
O0inka. IcToTHe HmigBUINEHHA KiJbKOCTI peryasTopHuX OiJIKiB mae
3HAUHUU e(eKT IJIs PO3BUTKY peakIii-Bigmosimi xkaitunu. Tarkum
YMHOM, KACKaJHa CHUCTeMAa PeryJisilii, II[0 BKJIUYaE IIOCJIiJOBHY aK-
THUBAI[il0 eKcHOpecii reHiB, SKi KOAYIOTh TPAHCKPUIIIiliHi (hakTOpH,
Iae He3HauHy 3aTPUMKY B Uaci, OJHAK € eKOHOMIUHOIO i cIpuse
MMOCUJIEHHIO CUTHAJIY.

1.6. TN CUTHAJIbBHUX MEXAHI3MIB

CurHanbHI cUCTEMU KJITHH CYHOPOBOMMKYETHCA 3MiHOIO aK-
TUBHOCTi ITOCEePEeIHUKIB CUTHAJBHOI CHCTEMH Ta KiHIeBUX MiIle-
Helt. IIi 3MiHM B OKpeMO B3ATOMY KAacCKaJHOMY MeXaHi3Mi MOXYTb
MaTU PidHOCHIPSAMOBAHUU XapakTep. KpiMm Toro, omuH i To#l camwuii
30BHIIIHIN cUTHAJ, 3 OOHOTO OOKY, CTUMYJIIOE aKTuUBAaIlio (abo mif-
BUIIEHHSA aKTUBHOCTI) OMHUX KiHIIEBUX MiIlleHel, ajle B TOH JKe Jac
OPUBOAUTE M0 penpecii inmux. Tomy onmcaTy 0JHO3HAUHO HAIPAM
3MiHM aKTHUBHOCTI, IO BiOyBarOThCA B KACKAAHOMY MeXaHisMi, Ha-
BpsAL uM MOKJIuBO. IIIBuaIle, BAPTO TOBOPUTHU IIPO Te, AK IIPAILIO-
IOTh KJIIOUOBi MOAYJIi PeryJsTOPHOI CUTHAJBHOI cucTeMu. ¥ IIbOMY
IJIaHI MOYKHA PO3PIBHATH aKTUBATOPHI, PelpecopHi Ta mepemnpe-
COPHi curHaJibHI MexaHi3Mmu.
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AkxkriBaTOpHi MexaHi3Mu moB’aA3aHi i3 mocuieHHAM ab0 BKJIIO-
YeHHAM aKTHUBHOCTI CUTHAJBHUX IIOCEPEIHUKIB a00 KiHIleBUX Mi-
IeHel, a pempecopHi — 3 ociabseHHAM ab0 BUMUKAHHAM.

depenpecopHi curHajbHi cucTeMu XapaKTepU3YyIOTLCSA TUM,
10 OAWH i3 KOMIIOHEHTIB CHCTEeMM aKTHBHO PEIpPecyeThCs Y Bif-
CYTHOCTi CTUMYJY, B Pe3yJbTaTi UOro cucTeMa IepebyBae B pelpe-
COBAHOMY CTaHi. AKTHMBAIlIA CHUCTeMU HPUBOAUTHL OO0 iHriOyBaHHS
pempecopa ¥ axkTuBallii curHajJbHOi cucreMu. TaKmM UYMHOM, pe-
mpecia pempecopa 3abe3meuye aKTUBAIlilo (Jeperpeciio) cucTemu.

1.7. BEPEMNPECOPHI CUTHAJIbHI MEXAHI3MU

3HATTA Ail perpecopiB Mo:Ke 3AiICHIOBATHUCSA 34 PaxXyHOK Me-
XaHi3MiB JBOX OCHOBHUX THUIIIB (puc. 7):
1) imaxTuBaIllii pempecopa IILJIAXOM MOIYJAIil Oro aKTUBHOCTI;
2) pyiHYBaHHSA pellpecopa uepes CIIPAMOBAaHUI IIPOTEOJi3.

A b B
Hemae CurHan CurHan
curHany l
® - ®
E3 (@8I
| ~
BiKBITU-
% )IgyBaHHFI

(&)
¥
©

®% l
y(pmeonis @
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Puc. 7. [epempeciiina peryisTopHa cucTeMa.

A — xommoHeHT A (HETaTUBHUU PeryJsaTop) yV BiICYTHOCTI CUTHAJY akK-
TUBHO iHriOye KoMmoHeHT B i migTpuMye cucTemMy B perrpecoBaHOMY CTaHi;
B — mig giero 30BHIIIHLOrO CUTHANTY KOMIIOHEHT A iHAKTHUBYETHCS, IO
cupuse nepenpecii cucremu;

B — HeraTtuBHUiI peryaAaTop A IiJ BIUIMBOM CUTHAJY B3aJydYaeThCSa

B yOiKBIiTHH-0IIOCEPEIKOBAHMN CEJIEKTUBHUN IIPOTEOJIi3
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VY mepmioMy BUMNAAKY pPeIlpecop 3aJHINAaeTbesa (PisMUHO HPH-
CyTHiIM y KJiiTuHi, aje B pempecoBaHomy craHi (puc. 7-B). Iuridy-
BaHHSA pelpecopa OCATAEThCA OYAb-AKNM 3i cmocobiB Moy saIrii
AKTHUBHOCTi, XapaKTepHUX [IJsA CUTHAJbHUX CHUCTEeM (AUB. BHUIIE
poszmin 1.3 «CyrHicTs mepenaui curunamy»). Ile mosxe OyTu 3B’ A3y-
BaHHS pellpecopa PeryaAaTOPHUM OiJIKOM-iHTiOiTopoM, KoBaJIeHTHA
monudikalilisga MoJaeKyJau perpecopa abo ii BlaeMomissi 3 HU3BKOMO-
JeKYJSPHUMU peryiadaTropamu. HaiibinbIn mommupeHui cmocib «Bu-
MHUKaHHS» pelrpecopa — HOro KoBaJieHTHA Momudikallia KiHasamu
abo docdarasamu (hochopurtoBanus/medochHOPUTIOBAHHA).

Hpyruit MmexaHisM moB’si3aHuil 3 GYHKI[IOHYBaHHAM YOiKBiTHH-
3aJIEJKHOTO CEeJIEKTUBHOTO IpoTeoidy (puc. 7-B). IIpuHIuUD 1msoro
MexaHi3My IIOJIfATa€ B TOMY, IO Hig Aieio coerudivHOTOo 30BHiIII-
HBOTO CUTHAJy Pempecopu IeBHOTO0 TUNY BOi3HAIOTHCA YOiKBiTH-
HYIOUYO0I0 IPOTEIHOBOIO JIirasoi, sKa MPUEIHYyE OO 0iJIKOBOro cyo-
cTpaTry moJiyoikBiTHHOBI MiTKu. MiueHi TaKUM cImocoboM perrpecopu
B IOJAJIBIIIOMY HigmaroThCs Aerpafailii y mpoTeacoMHill cucTeMi.

1.8. CUCTEMA YBIKBITUH-ONMOCEPELKOBAHOI
AETPALAULIIBUIKIB

B ycix xuBux KiiTHHaX Big0yBaeThCA TOCTiliHE OHOBJIEHHA
CTPYKTYPHUX OJOKiB i GQyHKITiOHAIbHUX cucTeM KJIiTmHU. Binkw,
110 BTPATUJIUW HATUBHY CTPYKTYPY B Pe3yJbTaTi HeOOOPOTHOI me-
HaTypamil i 3 miel npuyuHN He 3JaTHI BUKOHYBaTU CBOI (DYHKIIII,
PYHHYIOTBCA IpOTeasaMu, a YTBOPEHI BHACIIJOK MPOTEOJi3y BiabHI
aMiHOKHCJIOTH BUKOPUCTOBYIOTHCSA IJIA CHHTE3y HOBuX O6inKiB. IIpo-
Teas! BIIi3HAIOTH OiJIKU i3 HMOPYIIIEHOIO CTPYKTYPOIO 3a PAAOM Xa-
pPaxKTepHUX O3HAK, HAIIPUKJIAZL, 3a HAABHOCTL Ha IIOBepPXHi MoJe-
KyJ TigpodoOHUX aMiHOKUCJIIOT.

IcHye Tarok MexaHisM, AKUI BiIpisHAETbCA BiJ 3BUYAHOTO
IIPOTEOJIi3Y TUM, IO BiH MPUBOAUTEL A0 PYHHYBaHHA O0iNKiB, 110 He
MalOTh 0O3HAKiB MOPYIIEeHHA CTPYKTYPHU Ta (DYHKIIOHAJIHHOI aKTUB-
HOCTi i mpM IPOMY HTPOTEOJIi3y HiAmaoThCcA He BCi OiMKM, a Jiuiie
6inku meBHOTO THMHy. TaKWil MeXaHi3M Ha3WMBAIOTHL CEJIEKTHBHUM,
a00 CIPAMOBAHUM IPOTEOJIi30M.
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CeseKTUBHUII TIPOTEOJIi3 3AiCHIOETHCA Y ABa eramu (puc. 7-B).
CmnouaTky OiJIKM, HpU3HAUEHi OJd PYHHYBaHHS, PO3IIi3HAIOTHCS
0COOJIMBUM MYJbTUIOJINENTUIHUM KOMIIJIEKCOM, SKHIH IIPUEN-
HYy€ OO0 0COOJMBUX AiIAHOK IUX OiAKiB moaiyO0ikBiTHHOBI JIaH-
miokku. el KoMmIeKec Ha3MBaIOTh YOIKBITHHYIOUOIO ITPOTEIHOBOIO
Jirasor i B 3arajpHill cucTeMi yOiKBiTHMHYBAHHS HO3HAYalOTL E3.
ITorim yb6ikBiTMHOBaHI 0iJIKM mpuUTArarThCcsa mo 26S mpoTeacomMu
Ta pyuHyOThECI. OCKiIBKKM B MeXaHidMi, SKUH ONHCYETLCS, PYU-
HYBaHHIO 0iJIKiB mepenye iX yOiKBiTHHYBaHHS, 1Or0 Ha3WBAIOTh Ta-
KO’X yOiIKBiTHMH-OIIOCEpeIKOBAaHMM IPOTEOJIi30M OiIKiB.

1.8.1. ETan nepwuin — BuGip cybcTpaty

Y6iKBiTUH i YGIiKBiTUHYBaHHA

YOiKBiTUH — 1€ HUBBKOMOJIEKYJIAPHUN BUCOKOKOHCEPBATUBHUMA
0i0K 3 MoJsieKyJIApHOIO Macoio 8,5 K][. Bin ckiamaeTbecsa 3 76 ami-
HOKMCJIOTHUX 3aJIUINKIB i Mae KMCJl BJIACTHUBOCTI, OCKiJIbKM MiCTUTH
3HAUHY KiJBKICTh 3aJHUINKIB AUKapOOHOBUX aMiHOKMCJIOT: acIapa-
rinoBoi Ta raryraminoBoi Kucaor (puc. 8). IlomimenTuaHumii JaHITIOT
yOiKBiTHHY 3 KapOOKCHUTEPMiHAIBLHOrO OOKY MOJIEKYJIM 3aMHUKAaE 3a-
JUIIOK TJIIIUHY, Yepe3 KapOOKCUJILHY I'PYIy SAKOT0 3AiHCHIOETHCS
KOH’IOTYBaHHS YOiKBiTHUHY 3 OlIKaMu-MillleHAMY a00 OJUH 3 OJHUM
3a JOIIOMOIOI0 YTBOPEHHS i30MenTuIHOTOo 3B’ A3KYy. [0 cKiIany yOik-
BiTUHY BXOIATH 7 3aJHUINKIB JIisUHY, AKi 3afiMaioTh MOJIOXKEHHS 6,
11, 27, 29, 33, 48 i 63. Uepes 1i JisiHOBI 3aIUIIKKI MOKJINBA
KoH’oraiiss yOiKBiTUHIB oauH 3 OOHMM. YOIKBITMH B eyKapioT Ko-
IyeThCA KiJIbKOMa reHaMH, a CHHTe3 3MiHICHIOETHCA Yy BUTJIAIL He-
AKTUBHOTO IOJIIyOiKBiTMHOBOrO IIONepesHMKa abo OKpeMoi Koiii,
smuToi i3 pubocomuumu Oinkamu. IIporecuur yoikBiTuHY Bimbysa-
€ThCA 3a yUacTIO JeyOiKBiTHHYOUUX (DePMEHTiB.

01 25 27 2930

MQI FVKTLTGKTITLEVEPSDTIENVKAKIQDKEGIPPDQ

M 45 60 63 65 75 76
QRLIFAGKQLEDGRTLSDYNIQKESTLHLVLRLRGG

Puc. 8. AMiHOKUCIOTHA IIOCHiOBHICTD MOJIEKYIU YOiKBITHHY
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YoikBiTuH-TOAiIOHI Oinku. Y mpupoxai Oyam BusBJeHiI 6iiIKH,
0JIM3BKi 3a CTPYKTYpOIO A0 yOikBiTHMHY. HU3bKOMOJIEKYIAPHI OiIKH,
10 MalOTh BUCOKHUII CTYIIiHbL CXOXKOCTi 3 yOiKBiTMHOM, HOIiJISAIOTH
Ha OBi rpymnwu:

e 0inku 3 ybOixkBiTuH-monioHuM momenom (UDP — ubiquitin-
domain proteins);

o yoixkBiTHH-roni6HI Mogudikaropu (Ubl — ubiquitin-like modi-
fiers).

Binku 3 yb6ikBiTuH-monioaum momenom (UDP) He yTBOPHOIOTH
KoH’foraTiB 3 Oiskamu. Bsaemopiroun 3a paxyHOK CJIa0KUX 3B’ A3-
KiB 3 ybOikBiTMHOM ab0 yOiKBiTHMH-TOZiOHMMHU MomudikaTopamwu,
BOHM BHKOHYIOTH POJIb agamnTepiB. YOikBiTmH-momiOHI mMomudika-
topu (Ubl), Tax camo six i yOikBiTMH, 3HaTHI KOH’IOryBaTU 3 OLJI-
KaMu yepes KapOoOKcuTepMiHaMbHUN TuriniuH. o yOiKBiTHHIOMOOHUX
mopudirkaropiB mamexxars SUMO (Small ubiquitin-like modifier),
NEDDS8 (Neuronal-precursor cell-expressed developmentally
downregulated protein 8), ISG15 (IFN-stimulated gene 15), FAT10
(F-adjacent transcript 10) ra immri.

YOikBiTUHYBAaHHAM HA3WBAIOTh HPOIIEC YTBOPEHHSA 130MENTH-
HOTrO 3B’SIBKY MiK €-aMiHOTPYIOIO 3aJHUINKY JiduHY OiTKa-Mimrexi
Ta KapOOKCHJIBLHOIO Irpynoio C-KiHIeBOro rinuay yoikBiTuUHY. YO0iK-
BITHHYBaHHS € OJHI€IO 3 MOMKJIMBUX IIOCTTPAHCIAIMIMHNX Moaudika-
it 6inkiB mopsAx 3 ¢ochopuIOBAaHHAM, IIIKO3UJIIOBAHHAM Ta iH.

IIpormec yOikBiTMHYBaHHSA B OiJBIIIOCTI BUIIAAKiB He 00OMEIKY-
€ThCsA NPUEIHAHHAM OAHiel Mojerkyu yoikBiTuHYy. BiToOK MoXKe He-
cTu OAHY ab0 KilbKa YOIKBITMHOBHX MOJEKYJ, a TAKOK IOJiyDOiK-
BiTMHOBI JAHITIOMKKK PisHOI opMHU Ta HOBKUHUN. SHAUHA YaCTHUHA
yoOikBiTHHOBAHUX OiNKiB Hece mouiyOikBiTMHOBI rpynu. Kon’iora-
Iig OBOX MOJIEKYJI YOIKBITHHY 3MiHiCHIOETHLCA IILISXOM YTBOPEHHS
isomenTugHOro 3B’A3KYy MixK C-KiHIIEBUM TIJIiIIMHOM i €-aMHUHOTDPY-
IIOI0 OJHOTO i3 ceMu 3aJHuINKiB JisuHy yOikBiTHHY. CmouaTKy Oyau
BUSABJICHI MOJIiyOiKBiTMHOBI JIAHIIOKKU, B AKX YOIKBiTHHU 3’€]-
HaHi oouH 3 omHHM uepes JgisuH-48. IIpore misHimie 6yJs0 moKa-
3aHO, IO BCi ciM Ji3uHIB yOIKBITHHY MOKYTh OpaTH y4acTb B yTBO-
penHi moaiy0ikBiTmHOBUX rpym. fKIMo B mpolieci mosiyO0ikBiTH-
HYBAaHHS BUKOPHUCTOBYIOTHCS JIIBMHOBI BaJUIIMKK B OZHOMY II0JIO-
JKeHHi, TO YTBOPIOIOThCA JiHiMHI saHIoxKKu. [Ipu BuKopucranui
KiJIBKOX caiiTiB caMOKOH’Iorallii MOJKJIMBe YTBOPEHHS PO3TalysKe-
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HHUX TOJiy0ikBiTHHOBUX CTPYKTYpP. OcobamBocTi moJiybGiKBiTHHO-
BOT'O JIAHITIO}KKA, TOOTO HOr0 JOBMKHMHA Ta CANTH CAMOKOH’iorairii,
MalOTh BHUpilllajJbHe 3HAUEHHS y BU3HAUEHHI moJi yOikBiTMHOBA-
HOTO OisKa.

KosanenTuna momugikallis 6iaKiB MIAXoM yOIKBiTUHYBaHHS Mae
HaA3BUYAWHO Pi3HOMAaHiITHE 3HAUEHHS AJId (PYHKI[IOHAJbHOI aKTHUB-
HOCTi KiituH. MoXHA BUAIJIUTHA TPU OCHOBHI Ipynu GYyHKILiH, DI
AKNX Mae€ 3HaUeHHA YOIKBITHMHYBaHHS.

Herpagania 6inkis. Boepine sHauenua yOikBiTUHYBaHHS OyJI0
MOKAasaHo IJA B3aeMojii OiMKiB 3 mmpoTeacoMaMu, SAKa IIPUBOAIIA
o py¥HyBaHHA yOikBiTMHOBaHuX OinkKiB. Haibinbin momupeHuM
CUTHAJIOM [JI IIPOTEO0JIi3y € moJaiyOiKBiTuHOBUMII JiHiliHMiT JaH-
II0JKOK, III0 CKJANAEThCS 3 UOTHUPHOX i OinbIlie yOiKBIiTHHOBUX MO-
HOMepiB, AKi 3’e¢qHAaHI OAUH 3 OJHUM uepes JisuH-48. Bramaerncs,
10 BCi mMOJIiyOiKBiTHMHOBI JIAHITIOMKKM, 32 BUHATKOM THUX, AKi yTBO-
peHi uepes aiduH-63, MOKYTH OYTH BUKOPUCTAHI SK MIiTKHU IJd Je-
rpagarrii.

AxTuBHiCTE XpoMaTHHY. YOiKBiTHMHYBaHHIO HifgmarThCA TicTo-
HoBi 6inxu H2A Ta H2b. B oxuiit mykieocomi 3 yOiKBiTHHOM KOH’IO-
I'yeThCsA 3a3BUYAM OOHA 3 IUX MOJEKyJ. HagBHicTh yOiKBITHHOBOL
MiTKM XapaKTepHa IJIsS eyXPOMAaTHHOBOI IiJIAHKMU reHoMmy. Bizomo,
10 IIOCTTPAHCAAIINHI Mogudikamii HYKJIEe0OCOMHUX TiCTOHIB BaK-
JIUBi IJIs TPUBUMIPHOI CTPYKTYPU Ta (PYHKIIIOHAIBHOI aKTUBHOCTIL
XPOMAaTHHY, a TAKOXK KJIITHHHOI mam’ATi. YOIKBIiTUHYBaHHS € OU-
HaMiuHUM HOpoOIlecoM, AKHI Mae OijbIlle 3HAUEHHS JJsA BJacHe pe-
MOJIeJIIOBAHHSA XPOMATHUHY, a He AJS MiATPUMKHU HOT0 CTPYKTYPH.

Monyasamia akTuBHOCTI (QyHKIioOHATBHUX OiJKiB. YOiKBiTHHY-
BaHHS HETriCTOHOBUX OiJIKiB He 3aB)KIM IPUBOAUTH OO0 Aerpamailrii,
a MOJKe TiJIbKM 3MIiHIOBATH iX aKTHUBHICTb. 3a3BHUYail Iie II0B’A3aHO
3 MOHOYOiIKBiTHHOBUMHU a00 MOJIiyOiKBiTHMHOBUMHU MoAm@ikaliamMu
3 HEe3HAUHOIO0 KiJbKicTI0 YOiKBiTMHOBMX MOHOMEPIiB y JIAHIIOMKKY.
Hampuknaan, moHOyOiKBiTHMHOBaHi 0iKuM 6epyTh ydyacTb y pery-
ada1ii TpaHCcMeMOpPaHHOTO IEePeHOoCY, eHIOIIUTO3Y, eKcipecii rexis
i pemaparii JTHK. ITosiy6ikBiTrHOBI JiHITIHI JIaHIIOKKHT, 110 YTBO-
peHi uepes risuH-63, BaKJIMBI AJA TeHepallii curHaiiB, Ski Bimi-
rpaioTh KJIOYOBY poJab y peryJarnii pemnaparii [[HK, Tparncmem6-
PaHHOTO IIePeHoCy, eHIOINTO3Y, aKTUBAIlil IpoTeiHKiHas, TpaHCIda-
mii Ta TpaHCKpHUOIii.
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Y6iKBiTUHYIOUMI KOMMNEKC

ITenTpanbHe Miclie B cucTeMi yOiKBiTHH-OIMOCEepeIKOBAHOI me-
rpagmatrii 6inKiB mocimae yoikBiTuHyOUa Jgirasa (E3), Aka posmisHae
BigmoBigHi 6inku-MiineHi Ta 3abesneuye ix ybikBiTuHyBamHSA. B cuc-
TeMi yOiKBiTHHYBaHHA OepyTh y4acTs e aBa pepmentu (E1 i E2),
K1 KOHTPOJIIOIOTH IIOIEpPenHI0 aKTuBaIlio yoikBiTumy (puc. 9).

MiniManbHUNE yOIKBITHUHYIOUNN KOMILIEKC CKJIATae€ThCSA 3 TPHOX
¢dhepMeHTiB:

1) E1 — yG6ixkBiTuMH-aKTUBYyHOUUU (HEPMEHT;

2) E2 — y6ikBiTHMH-KOH’IOTyIOUMi (hepMEHT;

3) E3 — yb6ikBiTmHyHOUYa mpoTeiHOBa Jirasa.

Ha mepiromy erami BinOyBaeThcA aKTuBAIlid YOiKBiTHHY. Y OiK-
BiTuH-akTuByrunii pepment (E1) yrBoproe Tioedipuuit 3B’aA30K
Mi’K KOHCEPBATUBHUM 3aJUIIKOM IHUCTEeiHY Ta KapOOKcUTepMi-
HAJBLHUM 3aJUIIKOM TUinuay yoikBiTuny. Ileit mpoiiec moTpebdye
BuTtpatu MetabosiuHoi eHeprii y Buraani ATP. ITorim y6ikBiTma
neperocuthbea Bix El Ha yb6ikBiTuH-KOH’1OTyHOumMii hepment (E2).
Y mpoMy BUOAAKY AJA YTPUMAaHHS YOiKBITUHY TaK0OX BUKOPHUCTO-
BY€TBhCA KOHCEPBATUBHUN B3aJIUINOK ITUCTEIHY (epMeHTy. 3a B3ae-
mozxii E2 3 TpeTiM KOMIOHEHTOM — YOiKBiTHHYI0UO0I0 IPOTETHOBOIO
airazorw (E3) — ybikBiTMH mepeHOCHThCSA Ha clenuMivyHUN 3ayIu-
ITOK JisuHy 6iMKa-MireHi. 3ajgesKHO Bif TUIy yOiKBiTHH-TIPOTEIHO-
BOi Jirasm yOGiKBiTUH MOKe OyTU IepeHeceHuil Ha MOJEKYJIy cyO-
cTpary 6esmocepenubo Big E2, abo x yOikBiTMH momepemHbBO KOBa-
JIEHTHO 3B’fA3YE€ThCA 3 peakiiiiumm 1meHTpoMm E3, a morim mpuen-
HYeThCA N0 cybcTpary.

Bimomi yO0iKBiTHH-TIPOTEIHOBI JIirasu 3a CTPYKTYPOIO KaTaiTHUd-
HUX JJOMEeHIB MOYKHA HOMIJINUTU Ha TPU I'PYIU:

1) HECT (Homologous to E6AP Carboxyl Terminus);

2) RING (Really Interesting New Gene);

3) U-box ato PHD.

HECT-momeHu KOBaJIEHTHO 3B’A3YIOTh YOiIKBiTUH, mpuiiMaiouun
oro Bim KoH’foryiouoro ¢epmenTy E2, a moriMm mepeHoCATH Ha CyO-
crpar. Jlirasu, siki mictars RING i U-box, He yTBOpIOOTH Tioedip-
HOTO 3B’s8KY 3 YyOiKBiTMHOM, a 3AiHiICHIOIOTH HOTO IIPAME IepeHe-
cenua Bim E2 ma cybecTpar. ¥ POCIMHHUX OpraHidaMax IIepeBasKkHO
dyurmionyoTsh RING-Bmicai SCF-moni6Hi yoikBiTHHOBI Jirasu.
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VY pani BunagkiB moJiyO0iKBiTHHYBAHHS KOHTPOJIIOETHCSA MOMAT-
koBuMmu E3-iirasamu, axi micrars U-box-momen, axki B cucremi

yOiKBiTHHYBaHHSA TaKoX HasmBaioTh E4-jmirasamu.
Y reHomi eyKapioTHMUHMX OpTraHi3MiB KOAyOThbCA coTHI E3-ii-

ras pisHMX KJaciB, IO CBiAYNTL HPO HAA3BUUYANHY BaKJIMUBiCTH

nux (epmMeHTiB.

Pi+ /‘ \
ATP ADP
@Mm (=)

é&

ey

E3-nirasa

26S-npoteacoma

26S-nporeacoma

Puc. 9. Cucrema y0iKBiTHH-OmOCEpEeaKOBaHOI Aerpaaarii 6igKiB.

VYMOBHI TTO3HaUEeHH:
El — y6ikBiTUH-aKTUBYIOUUN (DepMEHT;

E2 — y6ikBiTuH-KOH IOTyIOUnil (hepMeHT;
E3 — yb6ikBiTuHyi0oua mpoTeiHOBA Jirasa;

Ub — y6ikBiTuH;
B — 6inmok-mimensb.

Eranu mexaHi3My CeJIeKTHBHOTO IIPOTEOJIi3Y:

1 — y6ixkBiTun-akTuUBylOunii pepment (E1) 38’aA3ye yOiKBiTHH];

2 — y6iKkBiTHMH mepeHOCUTbCA Ha yOiKBiTHH-KOH foryiounii depment (E2);

3 — Oiysok-MinieHs mifg giero curHasy HaOyBae IOBEPXHIO, KOMILIEMEHTap-
uy F-box cyboguuuiyi yoikBiTuHyM0OUOI Jirasu;
4 — Oinok-mimens 3B’ a3yeTbea 3 F-box cybomuuuieio E3;
5 — mirasa E3 mpuenHye mo MirneHi moaiy0iKBITHHOBY I'pyIry;
6 — mouriybikBiTUHOBA MimIeHb 3B’A3yeThcA 26S mpoTeacoMoio;
7 — 26S mporeacoma BiaIeniioe yOikBiTHH i pyliHye 6iNOK-MinieHb
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Crpyktypa SCF-nogi6Hoi y6ikBiTUHYIOUOI Nirasu

SCF-ymiraza € MyJbTUMEPHUM KOMILIEKCOM, AKHUHN CKJIAJa€ThCA
3 4oTUPbOX OCHOBHUX cybommumumb: RBX, Cullin, F-box, i SKP1
(puc. 9).

RBX — kararmituuHa cybomuHUISA. BUKOHYE BJlacHe JIirasHy
GYHKIIif0, KaTalisye mepeHeceHHA YOIKBiTUHY Bif yOiKBiTUH-KOH 1O-
ryiouoro ¢epMeHTy Ha OiJIOK-MileHb. PeaKIifiHuii 1eHTP cy0omu-
Hutti mictuth fomed RING-H2 manswii. RING-finger-momenu E3-en-
3UMiB BKJIOYAIOTH MOTHUB 3 BOCBME IIHMCTEIHOBUX 1 TiCTUIAMHOBUX
3aJIUINKiB, IO MiCTUTH ABa iOHU IIMHKY.

Cullin — perynasaropua cybomumuwuiis. Yepes 10 CyOOAUHUIIO
3IiMCHIOETHCA MOAYJAIiA aKkTuBHOCTI E3-mirasu pisHumum perysis-
ropamu. Cullin yrBopioe 3 RBX wminmo 3B’si3aHnil (PyHKI[IOHAJIBHO
AKTWBHUUN AUMepP, 3LaTHUN KaTajaisyBaTu (POPMYyBaHHA MYJbTHU-
yOiKBiTHHOBOIO JIAHITIOMKKA.

F-box — 3zabesmeuye Bubip cybcTpary mjasd yOiKBiTHHYBaHHS.
CybomuHNI Mae JgednuH-sbaravenuii gomen F-box, 3a axum Has-
Bama cyOomuuuisi. Yepes F-box momeH 3ailfiCHIOETHCS B3a€MOMIis
yb6iKkBiTHHYIOUOI Jirasu 3 OinKaMU-MiIlIeHAMU.

SKP1 — cTpykTypHO-peryaaropHa cybonuauina. O0’enHye
RBX-Cullin gumep i F-box cybomuuuio B efuHNN (QyHKIIOHAIL-
HUN KOMILIEKC.

Perynauia aktnsHocTti SCF-nirasu

Perynania aktusaocTi SCF-irasu 3gificHioeThea B mpoiieci 060-
poTHOI mocTTpaHcaAANiHOT Moaudikaliii cyoomuuui Cullin masa-
XOM IIPUETHAHHA/BiAIeNIeHHs yOiKBiTUH-oAi0HOTO Gimka RUBI.
IIpueguamas RUB1 go Cullin 6araTo B womy Haramaye mpoiiec yOik-
BiTurnyBanHAa. Cnouarky RUB1 akTuByeThCA TeTepPOAUMEPHUM
RUBIl-akTuByIOUNM KOMILJIEKCOM IILJIAXOM YTBOPEHHA TioedipHOTO
3B’A3KY MiK KapOOKCUTEPMiHAJIBHUM aMiHOKUCJIOTHUM 3aJIUIITKOM
RUBI1 i nmucreizom oxpwiei i3 cybomuuuis RUB1-akTuByouoro gep-
meHTy. [opeui, ogHa i3 cy0OAUHUIE ITHOTO (DEPMEHTY TOMOJIOTiUHA
aMiHOTeMiHaAJIFHOMY NOMEHY YOiKBiTHH-aKkTuUByIOuOro (hepmeHty El,
a gpyra — kapbokcureminamibHOMy momeHy El. ITorim RUBI1 me-
peHocutbea Ha RUBIl-kou’torytounit pepment (RCE1), akuii npu-
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enuye 1ei 0imok mo cybomuuwmiri Cullin. Bugansersca RUBI Bix
Cullin 3a momomororo cirmamocomu COP9.

K mOKa3yTh MOCHiAKEeHHS, OJA PO3BUTKY HOPMAJLHOTO
dyukIiionyBanHa E3-iirasm ayske BasKJIMBOIO € IMiATPHMEKAa IH-
KJiuHoro KoH’toryBaHHA/BugaseHHsa RUBI1. Touwma posab mamoro
PeryJATOpHOTO IHUKJY Ille He 3’sdcoBaHa. ICHye KiJbKa IPUIY-
IIeHb 3 I[bOr0 IPUBOAY. BiAIOBiAHO MO OZHOrO 3 HUX, IPUETHAHHS
RUB1 gmo Cullin i fioro BuzajeHHs MOKe OyTM IIOB’sI3aHO 3i 3Mi-
HOI0 KoMmapmenraiii SCF-moni6uoi yoikBiTHHOBOI Jirasu. Iamia ri-
moresa npuiryckae, imo RUBl-koH’oramiiinuii MUk Mae 3HAUEHHS
B omocepeakyBanHi Baaemonii SCF-moxibuoi yoikBiTHHOBOI Jirasu
3 26S mpoTeacoMu.

3B'A3yBaHHA cy6cTpaTy 3 Y6iKBITUHYIOUOIO Nirasolo

OxHuM 3 BifmoBimaabHUX eTamiB yOiKBiTHMH-OIIOCEPEeIKOBAHOTO
mpoTeoizy 6ifKiB € Bubip Oinka-minieHi yOiKBITHHYIOUOIO JIirasoro.
3araJpHUN OPUHIIUI MEXaHi3My BIi3HaBaHHA MOB’sa3aHUil 3 GOpP-
MyBaHHAM KOMILJIEMEHTapPHUX IIOBEPXOHb, AKi TO3BOJIAIOTH CIIEIN-
diuHy B3aeMOJil0 IpPOTEIHOBOI Jirasu Ta cybcTpary. 3a gieio 30B-
HIITHIX CUTHAJIIB aKTUBYIOTHCA IIPOIlECU, AKi CTUMYJIIOIOTH 3MiHU
CTPYKTypu 6Ginka-mimieni a6o F-box cybogmumiti sirasu. 3a3Bu-
yall gocTaTHLO 3MiHM KOH(popmaIllili ogHOTO 3 IIMX KOMIIOHEHTIB.
IIpu mpoMy HOBepXHA ONHieI MOJEKYJIU IiNJIaIlITOBYETHCA IIif IIO-
BepxHI0 iHImoi. fAKIMo A 3abe3meueHHA B3aeMoail Oinka-mireHi
Ta jirasu E3 HeoOxifHa y4JacTh TPETHOTO KOMIIOHEHTA, II[0 BUKOHYE
poJIb afanTepHOro 6iJiKka, TO 3B’A3yBaHHS CyOCTpaTy Jirasu MoKe
CTUMYJIIOBATUCA BHACIINOK 3MiHU CTPYKTYPHU afalTepHOTO Oijika.

Takum umHOM, crernudivna B3aemozia jgirasu E3 i cybcTparty 3a-
0esmeuyeThCcA IPOIlECAMU, B PE3YJIbTaTI AKUX CTUMYJIIOETHCSA 3MiHa
CTPYKTYypHU, IPUHAWNMHI, OJHOTO 3 KOMIIOHEHTIiB:

1) OGinka-mimreni;

2) F-box cybomumuuimi y6ikBiTHHYIOUOI Jirasu;

3) amamTepHoOro 6ijKa, uepes AKUH 34iHICHIOETHCA B3aEMOIisA CyO-
cTpaTry Ta Jiirasu.

ITpu nmpomMy He icHye yHiBepcaJIbHOTO MeXaHiBMy — B3aeMO-
misHaBaHHA Oinka-mimteni i F-box cybommuwumi sirasu E3 mocsara-
€ThCA PiBHUMU CIIOCOOAMU.
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OcobnuBocTi 6inkiB-milleHen y6iKBiTUHYIOUOI Nirasun

Binkwu, aKi saayuaioTbecs M0 yOiKBITHH-OIIOCEPEIKOBAHOTO IIPOTE-
0JI1i3y, MalTh OCOOJIMBY MiISAHKY, HEOOXigHY mJsd B3aemoxii 3 F-box
IoMeHOM yOiKBiTMHYMOUOI sirasu. [laHy AiAHKY MOJIEKYJIM HasuBa-
IOTh JETrPOHOM, OCKiJIbKM BiH (GhYHKI[IOHAJIBHO OB’ A3aHUI 3 Aerpa-
martiero moJsieKyau. Myrartlii y Mexax JerpoHY IPUBOAATH OO0 30iJb-
IIeHHs cTabijbHOCTI O0iJIKa Ta MOPYIINeHHS IIPOIEciB, B AKUX BOHU
0epyTh yUacThb.

Binku-mimreni, 110 3a3HaOTL Aerpajailil IIiJ BIJIMBOM Pi3HUX
CHUTHAJIiB, BUKOHYIOTH Pi3HOMAaHITHI (PyHKIiI, mepeBakKHO peryJis-
TOpHi. 3HaUHA YacTHHA TAKUX OiJMKIB € TpaHCKPUNIiAHUMHU pe-
rynaropamu. Hampukianx, perpecopy TPAHCKPHUIII ayKCHUH-Pery-
JbOoBaHUX TeHiB poamuu Aux/IAA y6iKBiTHHYIOTBCA Tif Ai€l0 ayK-
CHUHY Ta 3rofoM pyiiHyoThcAa 26S mporeacomoro. OcobimBa gilsgHKa
MOJIEKYJIN, IO CKJIAJAEThCA 3 13 aMiHOKMCJIOTHUX 3aJUINKiB (me-
TpoH), BU3HAUa€E PiBeHb cTabimbHOCTI OismKa. [[erpoH € HeoOXimHUM
IJs1 B3aeMoil Oinka-mimreni 3 F-box cybogunuiiero y6ikBiTHHY0OUOL
agirasu. F-box 6inkwm, 1o 3B’sizyroTh pempecopu Aux/IAA (TIR1,
AFB1, AFB2, AFB3), ongHouacHO BUKOHYIOTH (PYHKIIil pelenTopiB
aykcuny (mus. posmin «F-box peremnTopm»).

1.8.2. Eran apyrun — pgerpagadia cy6ctparty

26S npoTeacoma

IIpoTeosiTuHa aKTUBHICTL y KJIITHHAX €yKapioT JIOKajJai3oBaHAa
B Jisocomax i 26S mporeacomax. ¥ JidocomMax HeTrpaayloTh TiJIbKHU
MeMOpaHHI, a TaKOK YYysKOPiAHI OiIKH, 10 HOTPANUIN y KJIITHHY
IIJISIXOM €HAOIUTO3Yy. 3HaUHa YacTUHA KJIITHHHUX 6iakiB (mo 90 %)
pyliiHyeTbca 26S mporeacomamu. 26S mporeacoma (puc. 10) mae
0COOJIMBY CTPYKTYPY, KA MAO3BOJISIE JIOKAJNi3yBaTU IIPOTEOJITUUYHY
AKTUBHICTb Y BHYTPIMIHI# MOPOKHUHI KOMILIEKCY, BXiZl HO AKOI
CTPOTO PEryJIIEThCS Ta AJA OiJbIocTi OiNMKiB € 3akpuTuM. 3aBAAKU
IIbOMY, IPUCYTHiCTh 26S mIpoTeacoMu B IIUTOILIA3Mi, HYKJIEOILIa3Mi
Ta IHIMIUX KOMIIAPTMEHTaX KJITHHU € abCoJNI0THO 0e3meyHUM IJIs
HaTtuBHUX OinKiB. [I[06 morpanuTu B moposkHUHY 26S mpoTeacomu,
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0iloKk Mae OyTHM MO3HAYEHUU OCOOJMBUM UMHOM. MiTKOIO CIyrye
moJIiyGiKBiTHHOBUI JIAHITIOMKOK, IO CKJIAZAETLCSA He MeHIIe HixK
i3 woTuphoX yOiKBiITMHIB, MOCHiZOBHO 3’€QHAHUX OAUH 3 OTHUM
yepes JaiduH-48. Miueni (yb6ikBiTmHOBaHi) 6iIKU PO3MiBHAIOTHCA
Ta 3B’A3YIOThCI 26S mpPoTeacoMoio, PO3TOPTAIOTHLCS 3a JOIOMOTOIO
AT®-3ameXHUX KOMIIOHEHTIB IIPOTEAaCOMM, a IOTIiM IPOHUKAIOTh
B Ii mopo:kHUHY, Oe MiAgalThcs PYyHHYBaHHIO. ¥ 0iKBiTHHOBA MiTKa
nepes NPOHMKHEHHAM O0iJIKa B MPOTEOJiTUUHY MOPOKHUHY, 3HiMa-
€ThCA i30omenTuAa3aMu Ta Po30MpPaeThcA HAa OKpeMi yOiKBiTHHM, GKi
3TOZOM BIPYTe BUKOPUCTOBYIOTHCSA IJIA IIPOIleCcy YOIiKBiTHHYBAHHS.

CTpyKTypa 26S npoteacomu

IIporeacoma CKJIamaeThbCs 3 ABOX OCHOBHUX MOIYJIiB:
e KOpoBa (Kararmituuua) 20S mporeacoma;
e peryasaropHa 19S uacTurKAa.
PerynaropHi yacTHHKU OpuUegHYIOThCI Ao 20S mpoTeacoMu
3 omuiei abo 3 mMBOX CTOPiH, (popMyOUM BiAIIOBIAHO CTPYKTYpH

A B r
KpyLIKa
19S
OCHOBa i
19S 208 p nn
B
o Bl
b a Q\ 26S
19S
" e BN i
— 30BHiLLHA
B ; NMOPOXHUHA;
MM - npoTeonitTnyHa
o 0 205 NOPOXHIHA

Puc. 10. Crpykrypa 26S nporeacomu.

A — 19S yacTuHKa;

B — 20S uactuHKa (po3TanryBaHHA renTaMepPHUX KiJelb Y YaCTUHILL, BUL
3BepXy Ta 300KY);

B — 26S i 30S mporeacomu;

I' — cxemaruune 3ob6paskenua 30S mporeacoMu B Po3pisi
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3 Koe(imienramu cexmmenrarii 26S i 30S (puc. 10-B). Huaa mo-
3HaUeHHA 000X CTPYKTYP 3a3BHUUYAN BUKOPHCTOBYIOTH TEPMiH «26S
mpoTeacoMa», BKJaJalOuUd B HbOTO (DYHKIIiOHaAJIbHUIN ceHc. TepMmin
«30S mpoTreacomMa» BUKOPHCTOBYETHCA B TOMY BHUIIAAKY, SKIIO He-
00XiTHO aKIeHTyBATH yBary Ha CTPYKTYpPYy Ta (isuuHiI BJIACTHBO-
CTi JaHOTO KOMILIEKCY.

Képosa 20S npoTeacoma

20S mpoTreacoma CKJIamaeThesa 3 28 cyOOQUHUIE, 1110 (POPMYIOTH
YOTUPU TeNTaMEePHUX Kilblld, AKi CKJIaJeHi ofHe Ha OJHE Y BUTJIAMLL
cronku (puc. 10-B). B eykapior 3oBHimHi Kinbia 3ibpani i3 cemu
pisHUX o-cy0oAmMHUIL (IIO3HAYAIOTHCA BiATOBIZHO O;—0d;), & BHY-
TpimHi — i3 cemu B-cybommuunsb (B;—pB;). ¥ mpokapioriB Ak o-,
TaK i B-cybomuHUIII He PO3Pi3HIOIOTHCA 3a CTPYKTYpor. BHyTpimHa
TIOPOKHUHA TPOTeacoMH MHoAisieHa Ha Tpu Bigminau (puc. 10-T"). IBi
30BHIIIHI MOPOKHMHU, V (popMyBaHHI AKOI 3anyueHi o- i B-cybo-
OIUWHUIL, TepeAyIoTh BXiJ ¥ II€HTPAJbHY MPOTEOJNiTUUHY ITOPOIK-
HUHY, c()OpMOBaHy Juilie -cCyOOAUHUIIAMU. ¥ KJIITHHAX eyKapioT
IIPOTEOJIITUUHY aKTHBHICTH MAiOTh [3-CyOONUWHUIIL JIUIIIE TPHOX TH-
miB: ; BUABJAIOTH KAacla3omoAiOHY aKTHUBHICTb, 3, — TPUIICUHO-
moxibHy i B; — XeMOTPUIICMHONOAIOHY aKTUBHICTH. ¥ IPOKAapioT
yci 14 imentnunux fB-cybomuuuns 20S mporeacoMu BUABIAIOTH Ka-
TaJiTUUYHY aKTUBHICTH.

Yeci wacTuHKM, 3 AKUX 3i6pana 20S mporeacoma, MalOTh BU-
COKY T'OMOJIOTiIO0 Ta CXOMKY IIPOCTOPOBY CTPYKTYpPY. OmHaK o-cy06o-
IWHUI, Ha Bigminy Bim B-cy0ommHUIIL, MAlOTh NOHaTKOBY N-KiH-
1eBy o-cimipanb. Ilag mingHKa MOJEKYIW o-CYOOOUHUIIL € MPUHITHU-
TIOBO Ba’KJIUBOIO IS OOMEKEHHSA MOCTYNYy y BHYTPIIIHIO OPOIK-
HUHY IIpoTeacoMu. ¥ IPOKapioTiB yci a-cyboamHUII PiBHOIO Mipoio
pOOJIATE BHECOK Y BiIKPUMBAHHSA IOPHU, a B €yKapioT OCHOBHA POJIb
HAJEeXKUTh CyOOOUHUINL o4, ¥ Iiel cybommuuii N-kKiHIIeBa o-cImi-
pasb HalbilbIlle BUCTYHAE V KaHaJl i B3a€MOJi€ 3 iHIITMMH IITicThMa
o-cyoonmuauIaAMu. BinbHa 20S mporeacoma He Gepe ydacTi B mpo-
TeoJi3i, OCKIJIbKU KaHaJU JOCTYIY B IIPOTEOJITUUYHY HOPOKHUHY
y Hei saxkpuri. [lyigd BiIKpUBAaHHA KaHaAJTy W aKTUBAaIlil IPOTEOJi3y
HeoOximua B3aemogmia 20S mpoTeacomMu 3 ofHi€0 abo ABOMAa pery-
agTopauMu 19S yacTUHKaAMM.



32 3HAYEHHA, CTPYKTYPA TA MPUHLIANK OYHKLIOHYBAHHA CUTHANIBHWUX CUCTEM KNITUH

PerynaTtopHa 19S yactnHka

19S uacTuHKA CKJIANAEThCA I[oHaliMeHIne i3 17 cyOOgUHUIL.
KpiMm ocHOBHUX CyOOAMHUIIL, M0 CKJamAy 19S yacTMHKU MOMKYTH
BXOAUTH NOAATKOBi 0inKM, sKi 6epyTh yuacTh y 306ipIli Ta peryJs-
il aKTUBHOCTI TPOTEOJIITUYHOTO KOMILJIEKCY.

Y crpykTypi 19S yacTUHKM NPUWHATO PO3Pi3HATU OCHOBY
ta Kpumky (puc. 10-A). eB’ats cyboguHUIE (GOPMYIOTH OCHOBY
YaCTUHKU, SKa Kpinutucsa Ha moisiocax 20S mporeacomu. IllicTh
i3 meB’ATH CcyOOAMHUIIL OCHOBU BUABJIAIThE AT®P-a3Hy aKTUBHICTE.
Pemrra cybomuauns 19S 4acTUHKU YTBOPIOIOTH KPHUIIIKY.

ITpuennanuaa 19S wactuaku g0 20S mpoTeacoMu CYIPOBOIKY-
e€ThcA KoH(pOpMAaIiiHUMU HepedyoBaMu B aMiHOTEPMiHAJIBHUX i-
JSHKAX O-CyOOAMHUIh 30BHIITHIX relnTaMepHUX Kijgelb. ¥ pe3yJb-
TaTi OO IIOpPa IIPOTEACOMU IIEePEeXOAUTh Yy BiAKPUTY KoH(oOpMa-
mito. OgHAK JOCTYIN Y MPOTEOJiTUYHY IOPOKHUHY CYBOPO KOHTPO-
JIIOETHCS PEryJITOPHOIO YaCTKOI0, HAMOiJIbIN BaKJIMBOIO (PYHKIIi€IO0
K01 € BuOipKOBe 3B’A3yBaHHSA cybcTpary.

Oco6nuBocTi GpyHKLiOHYBaHHA 26S npoTeacomu

CybcTpaT BIIi3HAETHCA 3a HAABHICTIO MOJIiyO0iKBITUHOBAHUX I'PYII
i 8B’A3yeThCA KiJbKOMAa CyOOOWMHUIIAMMK. ¥ BIIi3HaBaHHI Ta 3B’d-
3yBaHHiI cybcTpaTy, KpiM cyGoamHUIL 19S yacTUHKMN, MOMKYTH
OpaTu yyacThb JabiJibHO acorfifioBaHi 3 Hero gomomikHi 6inku. Cy0-
ONUHUII, AKi 6epyTh yuacTh y BIIidHaBaHHiI cyOcTpaTy, He TiJIbKU
PO3IIi3HAIOTH IIPOCTOPOBY CTPYKTYPY MOJiyO0iKBITHHOBOTO JIAHITIOTA,
ane I COPUAIOTHL IIPABUJbHINA opieHrtalii yoikBiTuHOBaHOrO Cy0-
crpaty Ha mporeacomi. KopeKTHe poaraliyBaHHA CyOCTpaTy [q03-
BOJIIE TIOTO MHOJAJIbIIIE PO3TOPTAHHS Ta TPAHCJOKAIIiI0 B IIPOTEO-
JITHUHY MOPOXKHUHY 3a paxyHoK ATd-a3uHoi akTHBHOCTI cyOomu-
HUIb ocHOBU 19S wacTuHKH. Po3ropTaHHA MOJMIIENTUAHOTO JIAH-
1pora € HeoOXiJTHOI yMOBOIO, OCKiJbKH po3mip mopu 20S mporea-
COMH He J03BOJIs€ OiJIKY 3 PO3BUHEHOIO ITPOCTOPOBOIO CTPYKTYPOIO
MIPOHUKATUA B KAHAJ IIPOTEACOMH.

¥ mporieci B3aemozii cydocTpaTy 3 MPOTEACOMOIO CTUMYJIIOETHCSA
izomenTumasHa (qeybikBiTHHYIOUA) AKTUBHICTD OJHIiEl i3 CyOOAMHUIE
kpuiku 19S vactuaku. [Tomiy6iKBiTUHOBI JaHITIOMKKY 3HIMAIOTHCS
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i3 cybcTpaTy Ta pOo3IIeIlIIITLCS i30IenTraa3aMi Ha oKpeMi yOik-
BiTMHU, AKi BAPyre MOKYTh OyTH BUKOPHUCTAaHI B YOIKBiTHHYBaHHi.

IToTpanndmuu B IIPOTEOJITUUHY HOPOKHUHY 26S IIpoTeacoMu,
HOJIITeNTUAHI JaHIIoru OiJIKiB-cyOCTpaTiB rigpoJisyroThcsa OO KO-
POTKUX IOJIMENTHUIiB, IO BKJIOYAIOTL Big 3 mo 25 aMiHOKMCJIOT-
HUX BaJIUIIKiB.

B eykapiornunux xigitTmHax 26S mpoTeacoMu MOMKYTHb AMCOILi-
oBatu Ha 20S i 19S uvacTuHKU, AKi 3maTHI 3HOBY 00’eqHYyBaTHCS
y GyHKI[ioHAIbHO akTuBHI 26S mporeacomu. Kpim 19S uvactuuku,
icuye GaraTo 0inkiB, AKi s3maTHiI B3aemozmiaTtu 3 20S mpoTeacoMoro
i popmyBaTu anbTepHaTUBHI (opmu mporeacomu. OCHOBHOIO Bij-
MiHHICTIO TaKMX IIPOTeacoM € iXHsS He3maTHICTh 3B’sa3yBaTU yOiK-
BiTmHOBaHUM cybcrpar i BigcyTHicTh AT®-asuoit akTuBHOCTi. [laHi
IPOTEeacOMM BUKOPHUCTOBYIOTHCA KJITHUHOIO I/ YOiKBiTHH-He3aIeX-
HOTO IPOTeoJidy. YOIKBiTHUH-He3aJeKHUI HPOTEeOoJi3 MOXKe OyTH
OB’ sA3aHUUN 3 TAKUMU (PYHKIIAMI:

e TipOJi3 KOPOTKUX MHEINTHUAIiB A0 aMiHOKHCJIIOT;

e yyacts y pemaparnii [JHK (pyiiHyBaHHS XpOMaTUHOBUX OiJIKiB
nns sabesmeuennsa poctyny no [THK depmenTam pemapairii);

e PYIHYBaHHS JeHATYpPOBaHUX OiMKiB (0iTKM 3 MOPYIIIEHOIO CTPYK-
TYPOIO YaCcTO MAalOTh HA IIOBEPXHI MOJIEKYJIH BeJMKi rigpodobmi
OiIAHKN POSTOPHYTUX JIAHIIOTIB, SKi BHi3HAIOTBHCS IIPOTEACO-
MOIO; TifipoJiz OiJKiB 3 MOPYIIEHOI0 CTPYKTYPOIO YacTO He IOo-
Tpebye BuTpatu AT® Ha posTOpTaHHS JIAHITIOTA);

e mporiecuHT 0iNKiB (3a3Buuail, €HAOIPOTEOJi3 — PO3PUB Y IIO-
JimenTUIHUEA JIAHIIOT BHOCUTHLCS Ha 3HAUHiN BimcraHi Bimg KiH-
I[iB MOJIeKyJu 0iJIKa; B IMOPOKHUHY IPOTEACOMH IIPOHUKAE TIO0-
JITeNTUIHUHA JIAHIIOT, CKJIAJeHUN y BUTJIALL IIIUIbKA).



2. PELUENUIA 30BHIWHbOIO CUrHANY

2.1. 3ATAJIbHA XAPAKTEPUCTUKA KNITUHHUX
PELLENTOPIB

2.1.1. Wo Take peuyenTtop?

PenennTopu € yacTMHOI CUTHAJBHOI CHUCTEMM KJIITWH, IO 3a-
0esneuye COPUUHATTA 30BHimHIX ctumysiB. 1106 YHUKHYTH ILTY-
TaHUHU, CJiJ 3ayBa'KUTHU, 110 y (hisiosioril TBapuUH TepMiH «pelel-
TOP» BUKOPUCTOBYETHCA TAKOXK [IJIs IO3HAUEHHS YAaCTHUHU CEHCOP-
HOI cucTeMu oprauismy (amasizaTopa). ¥ JaHOMY pasi pelemnTopom
Ha3MBAIOTh CKJAJHe 0AaraTOKJIITHHHE YTBOPEHHA, AKEe CKJANAEThCA
He TiJIbKU 3 UYyTJUBUX KJITWH, CIeIliaJi3oBaHMX Ha COPUAHATTI
30BHINTHIX MOAPa3HUKIiB, ajie BKJIKUYAE TAKOXK HEPBOBI 3aKiHUeHHA
IEeHIPUTIB YyTJAWBUX HEWUPOHIiB, riii, cmemiasisoBaHi yTBOpeHHH,
chopMOBaHI 3 MiKKJIITHHHOI PEYOBUHU Ta KJIITUH iHIINX TKAaHWH.
DyHKIIA TaKUX PelelTOPiB IOJATae B IePeTBOPEHHI BIJIUBY IO-
Ipas3HuKa B HepBOBUH imnyinbc. TakKuM YMHOM, pelenTop, AKUU
€ YacTHHOIO aHaJjizaTopa i saBJsge 0000 0AraTOKJIITHUHHY CTPYK-
TYypy, HE0OXiHO BiAPiBHATH BiJl KIITMHHOTO peIlelnTopa, IO € MO-
JEeKYJIAPHUM YTBOPEHHSAM.

KaiTurHMil perentop — Iie MaKpoOMoOJieKyJa abo oJliroMepHUi
0iTKOBUII KOMILIEKC, 3AAaTHUM cuenudiyHO pearyBatTu Ha NEBHUN
30BHINIHI#T BIJUB 1 3amycKaTU BHYTPINIHBOKJIITHUHHUN CUTHAJb-
HUHN KacKaj, II0 MPUBOAUTH A0 (hopMyBaHHA crernudiuyHoi Bigmo-
Bii Ha Ieil BIJIMB 3a AOMOMOIOI0 3MiHM (DYHKI[IOHAJBHOI aKTUB-
HOCTi KJIiTHUHHA.

Hai nnsg mos3HaueHHA KJITMHHOTO peIleniTopa Mu OyaeMo BU-
KOPUCTOBYBATU TEPMiH «PeIenTop».
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VYV KiiTHHAX pelenTOpH IPHCYTHI y 3HAUHi# KigbKocTi Ta pis-
HOMaHIiTHOCTI. IX PO3PiBHAIOTEL 3a GaraTbMa KpPHUTEpisMU, 30KpeMa:
® 3a TUIIOM CUTHAJY, IO CIIPUIAMAETHCS;
e 3a JIOKAaJi3alriero;
® 332 CTPYKTYPHUMH OCOOJIMBOCTSIMU;
e 32 MexXaHizMoM axTuBaIii.

PociuuHI KIiTUHM 3maTHI pearyBaTu Ha PisHiI cTuMyam: Xi-
MiuHi cHOJIyKH, CBiTJIO, TeMIIepaTypy, JOTHUK, MeXaHiUYHUHA BIJIUB,
rpaBitamiro Ta iH. B pamMKax HaBUaJbHOTO KypCcy MU OymeMo PO3-
raagaTu OBi HAWOIJIBINT BUBYEHI Ipynu perenTopiB: Ximiuwmi (iri-
TaHa-3B’A3yI04i) i CBiTIOBI.

KaituaHI pelenTopu MOMKYTh JIOKAJIi3yBAaTHUCSA B Pi3HUX YACTU-
HaxX KJITHMHU. 3ajJe’KHO BiJ iX pos3TallyBaHHS, PO3Pi3HAIOTL 30B-
HiITHI Ta BHYyTpimiHi permentopu. 30BHINIHI pelenTopu JIOKAJi3y-
IOThCS Ha IJIa3MaTUYHI MemMOpaHi, a BHYTPillIHI — BcepeanHi KJri-
TUHU. SOBHIIITHI XiMiuHi pellenTopu € IepeBakKHO TpaHCMeMOpaH-
HuMHU OinTkaMu, y AKUX Jiraug-sB’A3yIOUi JOMeHU pO3TallloBaHi
Ha eKCTPaKJITHHHON IIOBEPXHI IIjIadMajieMH, a PeryasaToOpHi —
i3 muTomIasMaTuYHOro 60Ky. BHYTpIiIIHiI perenTopu MOXKYTh OyTH
3B’sA3aHi 3 eHIZoMeMOpaHaMu, ImepedyBaTH B PO3UMHHOMY CTAaHi,
a TaKOYK BXOOUTU IO CKJIAAY MYJbTUMEPHUX OiIKOBUX KOMILIEKCIB.

2.1.2. CTpyKTypHO-PYHKLiOHaNbHi 0CO6NMBOCTI
peuenTtopis

Cy60aMHNYHa Ta JOMEHHa CTPYKTYpa

PenenTopu MOXKYTh OyTM MOHOMEPHUMM MOJIEKYJIaMU Ta CKJAa-
JaTuca 3 KiJIbKOX CyOOAMHUIIb. ¥ PALl BUIAAKIB CyOOOMHUUHII
CKJIaJ MOJIEKYJIM PeIlelTOPiB 3MIiHIOETBCSA B IIPOIlECi aKTuMBAILii.
Tak, pellenITOpHI KiHasu B HEAaKTHMBHOMY CTaHI MOMKYTh Iepedy-
BaTH B MOHOMEPHOMY CTaHi, aje IIPpM aKTUBAIlil ZUMEpPU3yITCHd.

CepeZ OCHOBHUX CTPYKTYPHUX MOAYJIIB CJOLL BUOIIUTH TPU IO-
MEeHU:

e pelenTOpHHUI — 3a0e3meuye CIPUAHATTA CUTHATY, HATPUKJIAI,
3B A3yBaHHS JIraHIy;
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® PEeryJATOPHUNA — HeOOXimHWN AJA B3aeMOAil i3 CUTHAIBHUMU
mapTHepaMM, Uepe3 HbOrO 3MiHCHIOEThCS Iepenada CUTHAIY;

e IOMEH JIOKaJgizamii — JiJIgHKa, 10 BU3HAUYae JIoKaJaisaliio pe-
mermropa.

Iummi pyHKIioHANIBHI JOMEHM XapaKTepHi AJid MeBHUX I'PYII pe-
IeIIToPiB.

Hanpukiaan, pelenTopu MOMKYTh MaTH TiIAHKU PeryJiAIii Biac-
HOl akTmBHOCTI. Ili minaHKM abo0 MiCTATH caWTV TOCTTPAHCIAII-
HOl Moaupikalii ado cay:xaThb OJA 3B’ sI3YBaHHS 3 aJIOCTEPUUYHUMU
peryasTopaMu pisHoi mpuponu (0imKaMi, HU3bKOMOJIEKYIAPHUMU
pevyoBHMHAMU, ioHaMm). 3aJeKHO Bil cTaTycy KJIITUHU aKTUBHICTH
pelenTopa uepes OaHi AiJISHKM MOKe HOCUJIIOBATHUCS, IIOCJIA0JIIO-
BaTucsA ab0 MOBHiCTIO iHriOyBaTHCA.

s permenTopHUX KiHas XapaKTEpPHOKIO € HAABHICTh KiHA3HOTO
IOMEHY, IO AKOTO BXONATHL PEAKI[IMHUU IIeHTP, a TaKOMK UMCJIEHHIL
caiiTu aBTO(ochopuaoBanud. IIpoiec aBTodochopuaoBaHHS € He-
00XiIHOI0 YACTMHOIO MEeXaHi3My aKTHUBAIlil IIbOr0 TUIY PEIeIlTOoPiB.

OCHOBHi MexaHi3mu akTuBaLii peuenTopis

MexanismMu akTmBallii permenTopiB MaloTh Pi3HUHA XapakTep,
mpoTe B OiJbINOCTI BUIMAAKIB BOHU 3BOAATHCA OO0 (hOPMYyBaHHSA IIO-
BepXHi 3B’A3yBaHHs, Uepe3 AKY 3QiHICHIOETHCA B3aEMO/is peIenTopa
3 TayHCTPUM CUTHAJHLHUMU MOCEPEeTHUKAMU, 110 HeoOXimTHO AJA IIe-
penaui curHany. TibKuU y BUOAIKy pellenTOpiB-KaHamaodopMmepis,
AKI IOemHYIOTH (DYHKIIiI0O pPelenToOpiB Ta i0OHHMX KaHAaJiB, CUTHAJ
nepenaeThcA 3a AOMOMOrOI0 3MiHM KOHIIEeHTpAallii ioHiB, IO BUKO-
HYIOTh POJIb BTOPUHHUX MECeHIKepiB.

1. 3wmina xkoudopmaiii. 3minu KoH(poOpMAIil MOJEKYIN perenTopa,
CTUMYJIbOBaHI B pe3yjbTaTi CIPUNHATTS CUTHATY, IPUBOAATH
Io (opMyBaHHA IOBEPXHi 3B’sA3yBaHHA, HEOOXigHOI 1A B3ae-
Mozii perenTopa 3 HAYHCTPUM CUTHAJLHUM IapTHepom. s
IeAKUX PEIeNTOPiB IIA MO € MOCTAaTHBOIO AJA Iepefadi cur-
HaJY.

2. KomaxentHa moamudikamia. 3MiHa IpoCTOPOBOI CTPYKTYPHU PALY
PEeIenTOPiB € MepIIuM eTaroM aKTUBAIil, TOoAi AK TOBEPXH
B3aeMOJii (hOPMYy€EThCA BHACIIOK IMOMAJIBINIOI MMOCTTPAHCIAIINA-
HoI KoBaJeHTHOI Monudikarii. Ilelt mexaHidaM xapakTepHU AJIa
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pemenTopHux KiHas. BiH mosasarae y Tomy, II0 BHACJIiZOK pe-
mernirii i smiau KoHGopMAIlii y pelenTopiB HigBUITYyeThCA CIO-
pimHeHicThL OOAMH 4O OOJHOTO — BOHHU YTBOPIOIOTH I'OMOIMMEPHI
KOHCTPYKIIiI i B3aeMHO (ochopuaioioTh oguH ogHOro. Pochdo-
PUJIIOBAHHSA IPUBOAUTEL N0 ()OPMYBaHHS IMOBEPXHi 3B’ sA3yBaHHSA.
KoBanmenTHa momupikalia perenTopiB MoyKe TaKOK 3IiHiCHIO-
BaATHUCA MOIOMIKHMMU PEryJsATOPHUMMU KOMIIOHEHTaMHU, SKi
3JAaTHI JO0 KaTaJiTHUYHOI aKTUBHOCTi. 3a JOIIOMOI'OI0 TAKOI'0 Me-
XaHi3My PeryJaeThbCs 3JAaTHICTh pellenTopa He TiIbKU B3aEMO-
OiATH 3 JAYHCTPUM CUTHAJBHUM IIapTHEPOM, aJjie 1 cIIpuiiMaTu
30BHIIIHIA cuUTHAJ.

BuBinsHeHHS pelnenTopa 3i 3B’dA3aHOTO cTaHy. IcHye rpymna pe-
IenTopiB, AKi B HeaKTWBHOMY cTaHi 3B’s3aHi 3 OinKoM (uacTo
IIaIepoHOM), 1110 3aKPUBAE JOCTYII M0 ITEBHUX iISHOK MOBEPXHIi
MOJIEKYJIA PelelniTopa, HeoOXiJHUX MOJA HNPOsSBY ab0 peryssaiii
Moro (pyHKI[iOHAJIBbHOI akKTuUBHOCTi. B pesyibraTi peremniiii ze-
AKTUBHUUN KOMILIEKC PO3IIaJAaEThCs, PEIelITOP BUBLILHIOETHCS
Ta HaAOyBae 3maTHOCTI IepegaBaTu curHay. HaiiGinbIn BaKIu-
BUMU JIIAHKAMYU PEIelITOPHUX MOJIEKYJ, IKi MOXKYTh €KpaHy-
BATUCS PEryJasiTOpaMu, €:

° TiITHKU B3a€MOMil 3 MilleHAMHU: BifKpUBaHHSA OiJIAHKH IO3-

BOJISE PEIeNTOPY 3B’A3yBATHUCA 3 MIIIEHAMU TAa MOLYJIIOBATH
iX aKTHUBHICTB;

e TOMEHHU JIOKAJJi3alii: 3MiHa JokaJisallii permenTopiB HeoOXimHa

JIJIs IPOCTOPOBOTO BiJOKpeMJIeHHS abo 30JM)KeHHs pellenTopa
Ta Mimleni;

PeryJasaTOpHi JOMEeHM: TiTAHKYM B3a€MOXil 3 aJJIOCTEPiYHUMU De-
ryjaaTopaMu ab0 calTy IIOCTTPAHCAAIiiHOI Mogudikalii, uepes
AKi 3OiMICHIOETBCA PeryJdAllisi aKTHUBHOCTI pellemTopa.
Ilepeposmoain penenTopa Mixk ImiIa3MaJeMHOI0 Ta €HIOCOMHOIO
dpakmiavmu. Ileit MmexaHisM € aKTyaJbHUM TiJIBKU g MeMOpa-
HO3B’sI3aHUX PEIeNTOpPiB. 3a HOro JOIOMOTrOI0 YAaCTHHA ILIas3Ma-
TUYHOI MeMOpPaHU, 10 MiCTUTh PEIeNTOPU IEeBHOTO THILY, IILIS-
XOM €HJOIIMTO3y IIePeXOAuTh B eHgocoMu. MOKJIUBUIA 3BOPOT-
HUH IIpolleC — 3JUTTS €HJOCOM i3 ILmasMajieMoro. Takum uu-
HOM, PeIellTOPU BUJIYUYaIOThCA 3 MeMOpaHH a00 IIOBEPTAIOThCS
nmo umei. Ilepexin pemenTopa 3 maasMajJeMUd B €HIOCOMU MA€ II0-
HaliMeHIle aBi GpyHKIII, IPOTHUIEKHI 3a 3HAUEHHAM:
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® BUJAJIEHHS PeIlenTopa 3 IJIadMajieMU YHEMOMKJUBJIIIOE HOTO
B3a€EMO/Iif0 3 JIiraHgaMu, IO IPUBOAUTH A0 IEepPePUBAHHS CUT-
HaJY;

e IIepexiJi B eHJOCOMU € CBOEPIJHHUM MeXaHi3MOM JOCTaBKHU aK-
THUBOBAHOTO peIeINTopa M0 BHYTPIMIHLOKJIITHMHHUX MiIlleHe,
110 B POl BUIIaAKIB € HEOOXiJIHOIO YMOBOIO IJA Ilepegaui CUr-
HaJY.

AxTuUBaIlig perenTopis i mepemavya CUTHAJIY YacTO ABJSIOTH CO-
0010 TOCUTH CKJIALHI IPOIlecHu, IKi BKJIIOUYAIOTh B cebe KijJbKa pisHO-
MaHITHUX MexaHismiB. Hampukjaazn, pemenTopu OpacuHOCTEPOiLiB,
AKi € pelenTOPpHUMU KiHasaMu, B IIporeci akTuBarii gochopuiio-
IOTh OJWH OJHOI'0, a TaKOMK IiAmamTbcsa (ochopuIOBAaHHIO KOpe-
IHMEeITOPHUMU MOJIeKYyJIaMHU Ta iHIImMHU peryiadaropamu. Kpim Toro,
KaTaJiTuuyHa aKTHUBHICTHL OPACHMHOCTEPOIMHOTO PeleliTopa CIPAMO-
BaHa HA MAayHCTPUM CUTHAJBHUN MMOCEPEIHUK, a B AEIKUX BUIIAI-
Kax MexXaHi3M Iepejaui curLaJjy mependadae YTBOPEHHS Ta TpaH-
CJIOKAIlil0 €HJOCOMHUX BE3UKY.JI.

DdyHKuUioHaNbHa aKTUBHICTb

3a QYHKI[IOHAJTHHOI AKTUBHICTIO PEIENITOPY MOXKHA MONIJINTHU
Ha ABi yMOBHi KaTeropii: KJlacUUHi Ta pemenTopw 3 IIOABiAHOIO
dyHKIi€IO.

Kaacuuni penmentopu He BUKOHYIOTH HIAKMX iHIIUX (QYHKITiH
KpiM BJacHe pelleniiii Ta mepejadi cUTHAIY.

Penentopu 3 moBiitHOIO (PYHKIi€I0 KpiM perenilii BUKOHYIOTH
inmi @yskuii. Jo ganol rpynm MoOKHa BifHeCTU pellelTOpH-Ka-
HasodopMepu — TpaHCMeMOpaHHI OiTKOBI KOMILIEKCH, AKi moen-
HYIOTh (DYHKIiI0 pellenNTOpiB Ta iOHHMX KaHaJiB. ICHYIOTH TaKoX
BHYTPINIHBOKJIITUHHI pellennTopu 3 moABiiiHOI0 (yHKIiero. Hanpu-
KJam, perentop aykcuHy TIR1 e wacTmHOIO yOiKBiTMHYOUOI IIpO-
teinoBoi Jgirasu. TIR1 — me F-box 6inok, QyHKIi€0 AKOTO € BU-
6ip i 3B’A3yBamHsa cybcTpaTy mid yoikBiTuHyBanHA. Pementop TIR1
HabyBae cropigHeHOCTi n0 OijKa-cydocTpaTy TiJBKM B pe3yJbTaTi
pereniiii aykcuny.
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2.2. JITAHA-3B’A3YIOYI PELLENTOPU

IcHye BemuesHa KiJBbKIiCTh KJIITHHHUX PEIENTOPiB, AKi cmeru-
diuno 3B’aA3yIOTH XimMiuHi cmosyku (JriraHawm) meBHoro tumy. Ta-
KUMU PEUOBMHAMU MOYKYTBH OYTH TOPMOHU, iHIIi 6ioJOTiuHO aKTHMBHI
PEeYoOBWHU 3 TOPMOHOIOAIOHO00 i€io, eaiciTopu, TpodiuHi crmogsyKu
(1Iyxkpu, aMiHOKUCJIOTH), ioHU (HanpuKJaanm, Hirpatu) Ta in. Excrpa-
KJITUHHI Jirasgu, AKi crmenu@iyHO B3aEMOJIIOTH 3 PEIenTopaMu,
Ha3WBAIOTh MePBUHHUMU MeceHIKepamu. Cuernudivne 3B’ A3yBaHHA
3 IePBUHHUMU MeCeHKepaMUu CIPUUYNHAEe KoH(popMaIlliiini sminu
peleniTopa, HeOOXimgHI AJA 3amycKy TPAHCAYKIII BHYTPINTHBOKJII-
TuHHOTO curHany. Ciim sayBasKuUTHU, IO 3 KOHKPETHUM XiMiuHUM
PEeIlenTOpOM MOXKYTBH 3B’fABaTHUCA CHOJIYKU DPisHOI mpuponu, mpoTe
aJIeKO He BCi 3JaTHI aKTHMByBaTu CUTHAJBHY cuctemy. Cuemudiu-
HicTh B3a€MOJii, IO JO3BOJIAE CTUMYJIIOBATH IIPOIlEC IEPemadi CHUr-
HaJIy, MOJKJINBA TiJILKM IIPU B3aeMOJii pelenTopa 3 IEBHUM THUIIOM
Jiragny, AKWHA HAa3WBAIOTh TAKOXK aKTUBHUM aroHiCTOM.

Ximiuauii pelenTop BUABJISAE IMeBHUUN CTYIiHb adinHOCTI (cmo-
pizHenocti) mo niranmy. 3HaueHHaA adiHHOCTI 6araTto B oMy 3a-
JIeXKUTH BiJ] KOHIleHTpaIlii Jiiranny y TKaHWHaX opraHismy. Bynb-
AKUU pellelITOpP HaJIAIITOBAHUI Ha IeBHUIN DPiBeHb KOHIIEHTpPAILil
aroHicra, 3a AKOTro MOKJIuBe e)eKTUBHEe 3B’ aA3yBaHHA. Hampukiar,
TpodiuHi CHONYKM HPHCYTHI B 3HAUHO OiMBIINX KOHIIEHTPAIifAX,
Hi)X peryjaaTopu NOpMOHaJIbHOI npuponu. Biamosinuo, penenrtopu,
cuenudiuHi 10 TPOoMIiUHUX CIOJYK, BUABJAIOTH HUKUY CIOpimHe-
HiCTHh 0 aTOHUCTIB, Hi)K pPeIeNTOPU TOPMOHIB i TopMOHOTOAiIOHUX
PeryJIAaTopiB.

MinuicTs 3B’A3yBaHHA pemenTopa 3 JirasgoMm (adiHHicTb)
€ BayKJIMBOIO KiHETUUHOIO XapaKTePUCTUKOIO Ta BUPAYKAETHCA KOH-
cranTo aumcoriarnii (K;), 3HaueHHA AKOI HOPiBHIOE KOHIIEHTpAIii
Jiraugy, 3a IKOI IMOJIOBWHA PeEIeNTOpPiB 3B sA3aHa 3 jgirangomM. Yum
HU)KYOIO € KOHCTAHTA AUMCOIliallili, TMM HUXYUMU € KOHIIeHTPAaIlil
Jiraugy, HeoOXimHi myia 3B A3yBaHHA 3 perenTopoM. HusbKi 3Ha-
uyeHHA K, TaKOK € 03HAKOIO OiJbII MiIIHO 3B’A3aHOT0 KOMILIEKCY
peuenTop—JairaHg i 6iabII TpUBAJOTO Yacy #oro icHyBaHHsA. B3sae-
MOZif pelleniTopa Ta JIraHay MoiKe MaTU Pi3HUU uacoBUU xapak-
Tep. OpHak a5 eeKTUBHOI POOOTU CUTHAJIBHOI CUCTEeMHU KJIiTUHU!
BayKJIMBE 3HAUEHHS Ma€ He TiJIbKW MiIlHICTb 3B’A3yBaHHA PeIlenTopa
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3 JiiraHgoM, aJie i MIBUAKiCcTh Aucolliaiii peremTopa Ta Jiraumgy.
3MiHa yMOB MOKe HPUBECTH OO0 HEOOXiZHOCTI HMIBUAKOTO HPUIIU-
HEHHS CTUMYJSIil peremnTopa Jirammom, a IIbOrO JIErile JOCATTH
3a MOPiBHAHO HMU3LKOI adirHHOCTiI. 3 Ifiel IPUUYMHU KOHCTAHTA IU-
corriairii GiJBIITOCTI PeIenTopiB 3 JiraHgaMU YacTillle Mae TPOMiKHi
3HAUYEHHA § OIiHIETLCA B cepegubomMy 107°—10"7 M, ane y pisHmx
pelenTopiB MoJKe BapiloBaTW B 3HAUHHUX MeKax.

OpuH i TOI Ke JIiraHg MOXKe 3B SA3yBaTHCSA PIBHUMU TUIIAMU CIIe-
IiayrisoBaHUX PEIeNTOPiB, AKi MaloTh PisHY CIOpPigHEHicTH MO JIi-
rauny. Hampukianm, y poOCJUH BUSABJIEHO 0araTo eTUJIEHOBUX pPe-
1menTopiB (TicTUAMHOBUX KiHAas), Ki 3B’sA3YIOTh €TUJIEH Y AiamasoHi
kounenrpanii 0,1 - 10° M — 5 - 10° M. 3a cTyneHeM CIOPiJHEHO-
CTi 3 eTHJIEHOM iX MOJiJISIOTH Ha ABi rpynu: BucokoadiHHI Ta Hi3hb-
KoadinHi pemenrtopu. Ilepiog HamiBposmaay KOMILJIEKCY BHCOKOA-
GPiHHUX eTUIeHOBUX PEIeNTOPiB 3 JIraHgoM in vitro mocsrae IIo-
Hag 6 ToguH, TOAI AK IJisS APYroi Ipynu, HidbKoa(GiHHUX pPeIeITo-
piB, g BeamumHA He mepesumnye 30 xBuauH. VIMOBipHO, HasgBHiCTD
perenTopiB 3 pisHOI0 adiHHiICTIO mO Jirangy HeoOXimgHO HJsS TOTO,
100 BiApisHATH KOHIIEHTpAIlil, B SKUX NPUCYTHINA Jiraug y TKa-
HuHi. e Mae TpUHIIUIIOBE 3HAYEHHA IJIA PETYaAAIil KJIITUHHUX Me-
XaHi3MiB, OCKiJbKM pPidHi Tumu perenTopiB (y BiAmoBigs Ha pisHi
KOHIIeHTPAIlil Jirauay) MOKYTb CTUMYJIOBATA HEOJHO3HAUHI CUTI-
HaJbHI MexaHisMu. Kpim Toro, BamKJIMBUM MOXKe OYTU TPUBAJICTD
miaTpuMKu curHasy. Hampukian, y CTPEeCOBUX YMOBAaX BILIUB €TH-
JIeHy Ha PelenTopyu aKTyaJbHUU TiJIbKHU JIKUIIEe 3a Oil HecHpusr-
JuBOTrO (pakTopa, TOOTO IA peaKIlid € 060POTHOIO IIPU 3MiHiI yMOB.
VY Toii :Ke yac mpolecu O03PiBaHHS COKOBUTHX IJIOAiB abo cra-
PiHHS opraHiB ABJAITHL cOO0I0 CBOTO POAY BEKTOPHI MexaHisMmu,
AKI MOKHaA IPUCKOPUTU abo YHOBiJIBHUTH, ajie HEMOKJINBO CKa-
cyBaTu. Xoua maHUX PO adiHHICTHL pelenTOpiB eTuUeHy, AKi Oe-
PYTh y4acThb B OIMCAHUX MeXaHidMax, HeMae, MOYKHA IPUIYCTUTH,
110 )i OOOPOTHUX IIPOIECiB BUKOPUCTOBYIOTHCS PEIEIITOPU 3 MEH-
II0I0 CIIOPiAHEeHicTI0, MOPiBHAHO 3 HeobopoTHUMU mHpoiiecamu. Ilo-
0iuHO Ile IMiATBEPAKYETHLCS THUM, II[0 B IOBEHIJIBHUX i 3piJIMxX TKa-
HUHAX POCJHUH IiATPUMYETLCSA eKCIIpecis reHiB, IO KOAYIOTh pPisHi
Ha0OpU eTUJIEHOBUX PEIeIITOPiB.

Ha nnasmaruuniiit Membpani abo BcepeanHi KJIITHUHU MiCTUTHCS
BeJIMUe3Ha KiJbKicTh pi3HUX pelenTopiB. PelenTopu meBHOTO TUITY
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MOJKYTb OyTH HNPUCYTHIMHU B PisHili KOIMiMHOCTI, IPUUYOMY B AEIKUX
BUOAIKaX IXHS KiJIbKiCTh MOMKe JocATaTH KiJbKa THCAY Yy pospa-
XYHKY Ha oAHY KJaituay. Tak, Ha IjIasMaTHUYHilI MeMOpaHi THIIO-
Boio TBapuHHOI KiitmHmu Hamdiuyerbcss 10 000—-20 000 perenTopis
oxuoro tuny. IIpuuomy mias aktusailii cuermudiunoi Bigmosiai mo-
CTATHBO CTUMYJAILII He Oinbirte 2% ropMoH-crernuiyHUX peler-
TopiB. Taka BelmKa KOHIIEHTpAIlid pelenTopiB, IMOBipHO, He0O-
XigHa mJis BiAmoBimi Ha HMBBKI KOHIeHTpAaIllil Jiraumy.

2.2.1. Jlokani3auif niraHa-38’A3yl0umnx peuenTopis

PosramyBanHusa Jiranf-3B’A3YIOUUX PEIENTOPiB 6arato B YoMy
BUBHAUAETHCA IIPUPOMOIO JITaHAY, AKUY BOHU CIIPUUMAIOTH K CHUT-
HaJ. JIimoposumHHI JiraHaM JeTKO IPOHUKAIOTH Yepe3 IIadMalieMy
BCEPEAVHY KJITUHU IIJIAXOM 3BUYAWHOI Audysii Kpiss OiminigHumit
map abo uepes creIiajiizoBaHi IePeHOCHUKY 3a JOIIOMOTOIO IIOJIET-
mreroi amgysii. Taki curHaabHi MONEKYJIM MOKYTh 3B’ sI3yBaTHUCH
i 3 BoBHimHIMU, i 3 BHyTpimHiMu penentopamu. Hanpukiazn, cre-
POifHI FTOPMOHU TBapUH JIETKO IIPOHMKAIOTH ¥ KJIITUHY BHACIiLOK
JimoGiJlbHUX BJIACTUBOCTEH i 3B’A3yIOTHCA 3 PeIenTopaMu, o Jo-
KaJi3yoThcsa B IIUTOIIa3Mi ab0 B HyKJeomaasMmi. Pasom 3 TuM Ha-
SAIBHICTH BHYTPINIHBOKJITUHHUX PeIeNnTopiB AJdA JinodinibHUX pe-
TyJaAaTopiB, MabyTh, He € 000B’A3K0BOI0. PocimHHI cTepoigHi rop-
MOHU, OpacWHOCTEPOinu, OJM3bKiI 32 CBOEIO IPUPOMOI0 IO TBAPUH-
HUX aHAJIOTiB, XOYa POCJIMHHI Ta TBapWHHI CTEepPOigHiI perymdaropu
MaiTh CyTTeBi BigmimmocTi B Kinbii B. Bigomi pementopu Gpacu-
HOCTepPOifiB JIOKAJIi3yl0ThcA Ha IIJIa3dMaJieMi, a UM iCHYIOTh IX BHY-
TPINTHBLOKJIITUHHI perenTopu, He Bimomo. 3 iHITOTO OGOKY, perler-
TOPY POCJIUHHOTO TOPMOHY €THUJIeHY, imeHTH(iKOoBaHi M0 Temepiri-
HBOT'O Yacy, pO3TaIllOBYIOTHCS BUKJIIOUHO Ha IIjas3MaJjeMi, IIpoTe
€TUJIEH ITOCUTH JIeTKO AUMYHAYE uepe3 MeMOpaHIU.

Taxki pocauuni ropmonu, ak IOK, ABK i ribepesinu € carabkumu
KHCJI0TaMH1, BHACJIJOK YOTO MAalOTh IEPEXiAHI BJIACTUBOCTI PO3UMH-
HOCTi. ¥ KHCJMX yMOBaxX iX MOJEKYJM IPOTOHYIOThCA Ta HabyBa-
I0Th eJIEKTPOHENUTPAJIBHOTO CTaHy, 3a AKOT0 MaHi PeYOBMHU N0Ope
PO3UUHAKTHCA B JIigHINA (asi, ToMy JIETKO TIPOHUKAKITh Yy KJIi-
TuHy. OQHAK y JYKHUX YMOBax IIi TOPMOHM BTPAYalOTh IPOTOH
i mepexonars B ionuuit cran (IOK-, ABK-, I'K"), akuii 3abesmeuye
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iMm rigpodinsui BaactTuBocTi. MiKKJIITUHHUNA IPOCTIp Y POCIUH
(amomyact) Mmae Hu3bKi 3HaueHHaA pH, 3a AKuX ciaabkKi KucaoTu
He 3apamxeni. Tomy gudysia IOK, ABK i ri6eperniniB uepes miaas-
MaTUYHYy MeMOpaHy 3 aloIlJIaCTy BCepeAuHy KJIITHUHU BigOyBaeThCs
IOCUTH JIETKO. 3BOPOTHUU BUXiJ TOPMOHIB 3 KJIITHHHU yCKJIaIHe-
HUH 1 moTpebye BuUTpaTu AONATKOBOI eHeprii. Takum umHOM, Cja-
OOKMCJIOTHiI BJIACTHMBOCTiI JAHMX TOPMOHIB, a TAKOYK POB3MOOiJ 3a-
PALy IMOAO IIJIa3MaJIeMU JO03BOJISIOTh BHYTPIITHLOKJIITUHHY JIOKAJIi-
3aIrifo ix pernentopiB. IIpunyckaiooTh, II[0 PeIeTOPU IUX TOPMOHIB
JIOKaJIi3yIOThCA Ha IIasMajieMi Ta Bcepenuui Kiaituau. OgHAK oI
BCiX TPLOX TPyl T'OPMOHIB y JaHUI Yac BUSABJIEHI BHYTPIITHbOKJIi-
TUHHI perenTopu, a 30BHIIIHil perenTop igeHTUdiKoBaHU TiIbLKU
miia IOK. 3oswuimuili penenTop aykcuay ABP1 (auxin binding pro-
teins 1) € moBepxHeBUM OiJTKOM, AKUH PO3TAIIOBAHUI HA 30BHIIII-
Hill moBepxHi mimasmaaemu. IlpunyckaioTh, 1o ABP1 Bsaemomie
3 TpaHcMeMOpaHHUM OiJIKOM, uepesd AKHUIl 3MIMCHIOETHLCS IIeperaua
CUTHAJy BCEPeINHY KJIiTUHU.

BaraTo ropMoHiB 30BCciM He IIPOHUKAIOTH y KJIITHHY, abo Iieit
mpoliec 3OiHCHIOETHCA BayKKo. IlepelIKom:Kkae IMbOMY IIOJSAPHICTH
MoJieKysu (B TOMY UHCJIi HasgBHiCTH 3apanmy) abo il Beamki pos-
mipu. IIpuKgamoM TOpMOHIB 3 BEJMKOI0 MOJEKYJAPHOIO MAacoio
€ moJiimenTuaHI ropMoHu. Beci BOHHM, BKJIIOUAIOUM HABITH BiHOCHO
HU3bKOMOJIEKYJISPHI POCJANHHI TOPMOHU, TakKi K ¢iTocyabdorinu
(rpyma cyabhaToBaHMX 3a TUPO3UHOM TeTpa- i MEeHTAIeNTHIiB),
3B’A3YIOThCH 3i crmenudiyHMMU pelenTopaMHu Ha 30BHIiINHi# mo-
BePXHi IIJIasMajeMu.

2.2.2. 30BHilWHI peyenTopu
PeuenTtop-nogiobHi kiHasn

PerenrTop-monioHi KiHasu € MOHOMEPHUMH iHTerpaJbHUMU OiJI-
KaMmu, 10 IIepeTUHAIThL MeMOpaHy oAuH pa3. BoHU JIOKaIi3yioThesa
Ha MJIa3MaTUYHiI# MeMOpaHi, ajie BUABIAIOTHLCI TaKOXK Y MiKpoO-
COMHI (pariii.

Ho pelenTop-mogiOHUX KiHas HajleKaTh PelenTopu OpacuHO-
cTepoimiB, 6araThbox eJicuTOpiB, a TaKo:K yci imeHTudirkoBami mo-
Telmep PelenTopu MeITUIHUX TOPMOHIB.
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MoJekyJia pelenTop-moAi0HNX KiHad CKJIaJaeThbCsA 3 TPhOX OC-

HOBHUX CTPYKTYPHUX eJeMeHTiB (puc. 11).

1.

Excrpakaitunnauii (peunentopuuii) gromen (EIl) dopmyernseca
N-TepMmiHaNIBLHOIO AiIAHKOI MOJIEKYyJaHu. Bimmosimmo mo OymoBu
ILOTO JOMEHY PO3Pi3HSITH UOTHUPU OCHOBHiI I'pyIu pelel-
Top-nonibHMx Kimad: LRR-rpyna (seiinma-30araueHi moBropu —
leucine riched repeat); S-momen rpyma; JeKTHUH-TIOLIOHUH m0-
meH; EGF.

Tpancmemopannuii gomeH (T]I]) mpeacraBieHU o-cHipaabHOIO
IiISAHKOIO, AKa IIPOHU3YE MeMOpaHy OAUH pas, MOEIHYIUN 30B-
HIIITHIO Ta BHYTPIIIHBbOKJITUHHY YAaCTHUHHU PEIeIITOPHOI MoJje-
KyJIH.

Muronnasmaruunuii momeH (I[]) — BHYTPiMIHLOKIiTMHHA Ya-
CTHHAa pellenrTopa, copmoBaHa C-TepMiHAJIBHOI NiJIAHKOIO.
Brarouae perynaropuuii pparment (PI), AKuii micTuTh Kara-
JiITUYHUHT KiHa3HUU IIeHTpP, O0araTo caiiTiB ¢ochopuaroBaHHS
Ta OIISHKK B3aeMOMii i3 curHamIbHUMU MoJIeKyjaamu. KiHasHa
AKTUBHICTH PEIenTop-HOMiOHUX KiHas MOKe OyTU CIIpAMOBaHAa
Ha perienTopu (momibHI 10 cebe MOJIEKYIN), KOPEIenTop Ta iHIIri
MillleHi, SKUMHI MOXKYTb OYTH Pis3Hi peryasTopu, a TaKOMK HayH-
CTPUM CHUTHAJIbHI OiIKM, Ha SKi mepeqaeThbCs CUTHAJI.
Mexanism nmepemaui curnaay. CopuiiHATTS curHaay (3B’A3y-

BaHHA aroHicTa) 3AiMICHIOETHCA €KCTPAKJIITUHHUM JOMEHOM DPeIlell-
Topa. 3B’sA3yBaHHA JIraHay CIIpHUse 3MiHi KoH(popMaIllii perenTopHol

niraHan O OOO

H

MOHOMepM OUMEPV30BaHMIA nepegava CUTHaNbHUI
peLenTopnogi6Hoi peuenTop curHany rnocepeaHuk
KiHa3n

Puc. 11. CrpykTypa perentop-nmoniouoi kinasm ta MexaHism axTusarii
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OiIAHKK MOJIEKYJIM, ajie MaJio BimO0MBaeThCS HA CTPYKTYpPi IIUTO-
IJIa3MATUYHOTO AOMeHy. PazoM 3 TuM, 3MiHa KoH(popmallii 30BHiIII-
HBOTO JOMEHY CIIPHUSE IIiABUIIEHHIO CIOPiJHEHOCTI PerenTOpHUX
MOJIEKYJ OOUH 0 ogHOro. OCKIJIbKM MOJIEKYJU PeIlelTop-momio-
HUX KiHas MOMKYTh JlaTepaJibHO AU(PYHIAYBATU 10 MeMOpaHi, BOHHI
3IaTHI YTBOPIOBATHU AUMEPHI KOMIJIEKCH (PeIenTopP—pPerenTop).
VY mexamismi akTuMBAIlil pelenTOPHUX KiHA3 MOMKYTh OpaTH ydacTb
TAKOX KOPEeIeIITOPH.

3a paxyHOK 30JMKeHHSA IBOX PeIeNTOPiB aKTUBYIOThCH Ki-
Ha3Hi IIeHTpHU, i perenTopHi MoJerkyau (GocHOpPUIIOIOTh OSUH O/I-
HOTrO 3a 3aJUIIKaMHU CePUHY Ta TPEOHIHYy B Pi3HUX MiMAHKAX IU-
TomsazMaTuyHoro nomeny. Ilei#t mporec HasuBawTh aBTO(oChopu-
JIOBAHHAM, a00 TOUHIiIlle TPaHCMOJIEKYJAPHUM aBTOdochopuiro-
BaHHAM, OCKiJIbKU PeIeNTOPHI MoJeKyJsu (ochopuIioioTh He ca-
mux cebe, a momibui mo cebe moserysnu. [:xepemom GocharHUX
rpyn Buctynae ATP. Iesaxi pemenTop-moniOHi KiHasu MaroTh IIO-
IBiliHy crenu@ivyHicTh Ta 3maTHiI, KPiM 3aJHUINIKIB CepUHY Ta TPEO-
HiHY, (hochopuaOBATH TAKOK BAJUIIKN TUPO3UHY.

AsTodochopuaoBaHHA PEIENTOPiB € HeOOXiJHUM MOUYaTKOBUM
eramoM ix akKTuBaIlii, aje, 3asBuuaii, HeJOCTATHIM IJs mepemadi
cur"aay. ¥ mporeci aBTodochopuIOBaHHA IOTYETHCSA MOBEPXHS
I B3aeMogii i3 Kopementopamu. Hampukiaanm, aBTodochopuiio-
BauHs peremnTopiB O6pacuuosiny BKI1 (BRI1 kinase inhibitor 1)
HeoOXimHO MJIs IMOJaJIbIIOro 3B’sA3yBaHHsS 3 KoperenTopom BAKI1
(BRIl-associated kinase 1), 6e3 yuacTi AKOro HEMOIKJIMBA OCTa-
TOUHA aKTUBAIlis pelernrTopa.

KopemnenTop pementop-noAibHMX KiHas Mae IMOAiIOHY pelemn-
TOPY CTPYKTYPY, ajie JIraHi-3B A3yHUuuil JOMeH y HHUX BiAcyTHii,
TOMY KOPEIeIITOp He 3JaTeH 3B’sA3yBaTucs 3 JirammoMm. Koperei-
TOP y IpoIleci akTuBaIlil yTBOPIOE reTepoquMepu 3 PeIernTopoM
i 6epe yuacThb y BdacMHOMY (oc(hopuIOBaHHI. Y HeAKNX BUIALKaAX
YTBOPIOIOTHCS TeTepoTeTpamMepu, IM0 CKJIAMAITHCSI 3 JBOX MOJIEKYJI
peleriTopa Ta JBOX MOJIEKYJ Kopellernmropa. barato KoperemnTopis
MOJKYTh B3a€EMOJIATH i3 PiBHMMM pelenTop-IOoAiOHMMU KiHasaMwu.
Tax, kopemnentop BAK1 6Gepe yuacTs B aKTuBAIlii perenTopa Opa-
cunoaiga BRI1, a Tako:x (uarenin-ss’sasyrwouoro peremnrtopa FLS2
(flagellin sensitive 2). Mocaigauku uyacTo HasupaioTb BAK1 yHi-
BEpPCAJILHUM KOPEIeIITOPOM.
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Bzaemue ochopuaoBanHa perenTopa Ta Kopelenropa (TpaHc-
dochopunoBaHHA) CIPAMOBAHO Ha IIiITOTOBKY peIenTopa M0 Iie-
penaui curuagy. B pesyjabraTi perenTop HaOyBae 34ATHOCTi BILIH-
BaTU HA HACTYIIHUN KOMIIOHEHT CUTHAJBHOI CHUCTEMU.

Ilepemaua curHaJy pelenTop-MOLiOHMMUN KiHasaMMW MOIKJIMBA
IBOMAa CIIOCODAMM:

1) mMaAXOM MiKMOJIEKYJIAPHOI B3aeMOil 3 HAyHCTPUM CHUT-

HaJbHUM TOCepemHMKOM (acormialriia abo gucorriaiisa);

2) 3a mOIIOMOIOI0 KOBaJeHTHOI Moaupikallii curHaJIbHOTO IIO-
cepenHnKa (aKTHBaIlid KiHasHOI aKTHBHOCTI PeIeITOP-II0-
nioHO1 KiHasu MI0Z0 AAYHCTPUM ITOCEPeIHUKA).

B 000x BuHmagkax BILINB PEIENTOpa CIPUAE MOAYJIAIil aKTUB-

HOCTi CHUTHAJBHOTO IOCEPEeJHNKAa, a OT:Ke, IIepeJaui CUTHaJy.

TakuM YMHOM, TPAHCAYKIiA CHUTHAJNY Uepe3 pellenTop-momibHi
KiHasu He moTpeOye NPOHMKHEHHS JiraHgy BcepeguHY KJiTHUHH,
a MexXaHi3M Ilepemavi CHUTHAJYy MOKHA IIPEJACTABUTHU y TaKiii mo-
CcJIimoBHOCTI:

1) 3B’A3yBaHHSA JLITaHAY 3 PEIEITOPOM;

2) yTBOPEHHS AUMEPiB PEIeITOPHUX MOJEKY.JI;

3) TpaHCMOJEKYJasaApHe aBTo(hOoCHOPUIIOBAHHSA PEIeNTOPiB;

4) yTBOpPEHHS IreTepomHOoJIiMEePHUX KOMILIEKCIB 3 KOPEIeITOPOM;

5) TpauchochopUIIOBAHHS MiK pellelTOpaMH Ta KOPEIeIlTo-
pamu;

6) BIIMB pellelITOpa HAa AAYHCTPUM CUTHAJBHUUN IIOCEPEeTHUK
i MomysAlia Woro akTUBHOCTI (Ilepemada CUTHAJY).

MexaHisMu mepemaui curLajay B KOKHOMY KOHKDPETHOMY BH-
OagKy MOXKYTh BimpisuaTucsa. Hanpukian, perentop Ipu akTHBa-
1mii mMoike 3B’sI3yBaTHCA 3 JAYHCTPUM CUTHAJIBHUM IIOCEPETHUKOM
yepes MOBEPXHIO, SKa (POPMyeThCA BHACIiZOK aBTO- i TpaHcdocdo-
puaoBaHHA. B iHIINX BUIIaAKax PerenTop 3B A3aHUU 3 MOCEepeTHI-
KOM y HeaKTHMBHOMY CTaHi, a IIpu aKTuBaIllii BimOyBaeTbcda ixX au-
comiarmia. KpiMm 11poro, peremnTopu, KOPeIenTop i CUrHaJbHI IIoce-
PEIHUKU MOYKYTb B3a€EMOMIATU 3 PiSHUMU PeryJaTOpaMu, IO MO-
OYJIIOTh iX aKTHUBHiCTH. PisHOMAHITHI B3a€MHWHHU MiK CHUTHAJb-
HUMU HapTHepPaMX BU3HAYAIOTH OCOOJMBOCTI AaKTHUBAIliNHOTO IUKJIY
Ta MeXaHidMy mepenadi CUTHAIY.
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FicTavHOBI peuenTopHi KiHa3u

TicTuguuoBi pelenTopHi KiHasu cmouaTKy OyJau BUABJIEHI
y Gakrepiii. /A eykapioTiB icHyBaHHA TiCTUAMHOBUX KiHas O6yJ0
nmokaszaHo Ha mouaTky 1990-x pokiB micaa BigkpuTTa y poc-
auau Arabidopsis erunenoBoro perentopa ETRI1, a y mpimmxis
Saccharomyces cerevisiae — ocmocercopa SLN1. TictuguHOoBi Ki-
Ha3W y BeJUKill KiJZbKocCTi 3ycTpiuaroThbcss y pocauwH i GakTepii,
ajle y TBapUH BOHU He BUABJIEH.

¥ pocsuH rictuuHOBI pelleNTOPHI KiHa3u IpefcTaBlIeHI IBOMA
TUIIaMU:

e 1ibpuaHi ricTuauHOBI KiHaswu;
® eTHJIEHOBI pelenTopu.

PemenTopu 060X Ipym MiCTATHL TOMOJOTIUHI MiMSHKH Ta B IIi-
JIOMY MAalOTh HMOAi0HY CcTPYKTypy. OmHAK MiK HUMU € IPUHITUIIOBL
CTPYKTYpHO-(QYHKITiOHaNbHI BigmMirHOCTi. ['oTOBHA BiAMiHHICTD IIO-
JdATa€ B MeXaHi3Mi Ilepejgaui cursasy.

Fi6puaHi rictuanHoBI KiHa3u

TicTunmuoBi pemenTtopHi KiHa3W € 4acTUHOIO ABOKOMIIOHEHT-
HHUX CHUTHAJBHHUX CHCTEM, IIT0 QYHKI[IOHYIOTh y POCJHH i OaxTe-
pifi. ¥V mpodeciiiHoMy CJIeHTY MOJEKYJIApHUX O0ioJIoTiB IIi perrerm-
TOPU HA3WBAIOTh YaCTO «JIBOKOMIIOHEHTHUMH TiCTUAMHOBUMU Ki-
HasaMu», ab0 «IBOKOMIIOHEHTHUMU peIenTopaMu». ¥ TAaHOMY BU-
MagKy TEePMiH «IBOKOMIIOHEHTHUI» CTOCYETHCA THUIy CUTHAJIBHOI
CHCTEMU Ta He MOB’A3aHUI 3 0COOJIUBOCTAMU CTPYKTYPH PEILENTOopa.
TlicTuamHOBI penenTopHi KiHasu pocauH i 6aKkTepiilt MarTh rOMOJIO-
rivHi gingaHKY, ajie BiApisHAOTHCA JOMeHHUM cKJaamoM. Criamminmi
3a CTPYKTYPOIO TiCTUAMHOBI KiHA3M POCJMH HA3WBAIOTh TOPUIHNMH.

MpokapioTyHi ABOKOMMOHEHTHI CUTHaNbHiI cucTemmn

JIBOKOMIOHEHTHI CUTHaJILHI cucreMu O0axrepiii (puec. 12-A, B)
CKJIaJaIOThCA 3 IBOX THUIIB MOJEKYJI:
1) ricrupuuoBi penenTtopri Kinasu (His-xkinasm);
2) peryaaropu Bigmosini (RR — response regulator).

3 1iei mpuUYMHM MaHiI CUTHAJNBHI CHMCTEMH HA3UBAIOTH JBOKOM-
IMOHEHTHUMH.
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BakrepiaapHi rictTuinHOBI penenTopHi KiHa3M € iHTerpaIbLHIMU
MOHOMEPHUMH OiJKaMu, AKi JIoKaJdisyoTbcsa Ha maasmajieMmi. Mo-
JeKyJia pelenTopa ABiui meperuHae memOpany N-KiHIIeBOIO IiJIsgH-
Koro. O0uaBi TepMmiHanmbHi 06JIacTi po3TalIOBaHi 3 IUTOMIA3MATHY-
HOro 0OKy. 3OBHIIIHA MiMgHKA TiCTHAMHOBOI KiHasM, AKa JIOKAJi-
30BaHa MiK OBOMAa TpaHCMeMOpPaHHMMEU JOMeHaMu, (OPMyeE pe-
uentopuuii (input) tomern, abo CHASE-nomen (Cyclases/Histidine
kinases Associated Sensory Extracellular). Kapookcurepminanbua
yacTuHa MOJIEKYJu perentopa ¢opmye transmitter momen, axwmit

A N His C Asp
/"> Itransmitter receiver H output
: | p
. ricTugnHoBa perynaTop
KWHa3a BiAnoBigi
Asp
atP ® ap
B -
o
transmitter
. transmitter
T
ATP @ ADP Alp
B N His Asp C His Asp
Ut transmitter H{EGENED)
‘ ricTnamHoBa ricTnamHoBa perynaTtop
KMHa3a docdoTpaHcdepasa Bignosiai
LmTTTTTTS A --TTTTTTTTT ;®_ """"""""" ~
r . His A?p His Asp
 transmi | @ |
| transmitter Hrecelver] @
Vs
ATP ADP

Puc. 12. JIBOKOMITOHEHTHI CUTHAJbHI cucTemMu mpokapior (A, B) i pocaun
(B, I).

A, B — HeakTUBHUII cTaH;

B, I' — axTuBHmit cran (aBrodochopuatoBanua Ta (dochopeneiiHUl Me-
XaHisaM).

Jumepusaria pemenTopiB y pocauHHIN cucTeMi He BimoOpaskeHa
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MiCTUTh KaTAJITHUYHUN KiHAa3HUU IIEeHTP i KOHCEepBATUBHUM 3aJIH-
IIOK TiCTUAUHY, 10 (GOCHOPUIIOETHCA 3a TPAHCMOJIEKYIAPHOTO aB-
To(hochopuIrOBaHHA.

Perynaropu BiAmoBimi cKiagaloThCSa 3 IBOX OCHOBHUX (DYHKILiO-
HaJbHUX CTPYKTYpP. AMiHOTepMiHaJabHA miMISHKA MOJEKYJIH (Pop-
Mye€ receiver JoMeH, IKWUII MiCTUTh KOHCEPBATUBHUI 3aJIMIIIOK ac-
mapariHoBoi KHCJIOTH. ¥ KapOOKcUTepMiHaJbHIM YAaCTUHI perys-
Topa BigmoBizi poaramroBaHuil peryiasaTopHuii (output) momen, ue-
pes AKuil 3MiMCHIOETHCS MOAYJIAIS aKTHUBHOCTI MillleHeid.

Po3pisHATL peryasTopu BiAmoBiAi ABOX THMiB:

1) RR-A — perynaropu BigmoBimi A-tunmy MoOAyJIHOIOTh aKTUBHICTH
GYHKI[IOHATBHUX OiJIKiB.

2) RR-B — peryaaropu Bigmoimi B-tumy € TpaHCKpHUMOIiAHUMUI
darTopamu. ¥ perynaatopis Biamosizi B-tuny, Ha BigMmimy
Bim RR-A, B peryisTopHOMY AOMEHi € mOomaTKOBa OiJAHKA
(GARP-momen — Glutamic Acid-Rich Protein), meodximua mis
caiT-crenu@iuyHOro 38 A3yBaHHS i3 IPOMOTOPAMM TeHiB.
Mexanidm axkTuBanii Ta mepemaui curHajy. 3B sA3yBaHHA JIi-

ragay His-kiHasu migBUIlye CIOpigHEHICTh PeIerTopiB OOWH 10 Of-

HOTO, SIKi BUABJAIOTH BUPAa’KEHY TEHJEHII0 1O YTBOPEHHS T'OMO-

IUMEPHUX CTPYKTYP. SO0MMIKEHHSA TiCTUAWMHOBUX KiHA3 CTUMYJIIOE

B3aeMHe (pochOopUIIOBAHHSA 3aJUINKIB ricTuanuy B transmitter mo-

menax. ITorim ¢ocdarHa rpyna mepeHOCUTHCA i3 BaJUIIKY TiCTH-

IVHY pellenTopa Ha KOHCEPBATUBHUU 3aJIMINIOK aclapariHoBOi Kuc-

JIOTU receiver moMeHY peryaAaTopiB Biamosimi. OTike, rictumuHOBiL

pellenITOPHI KiHa3M BUABJISIOTL HE TiJIbKHW BJIACTHUBOCTI TiCTHUIH-

HOBOI KiHasmu, ane i (Qocdorpanchepasu. Perymaropu Bigmosimi

y dochopuiboBaHOMY CTaHI HAO0yBalOTh 34ATHICTh MOIYJIIOBATHU aK-

TUBHICTH CBOiX MimreHel. Takum umHOM, IIepemadya CUTHAJIY B JIBO-

KOMIIOHEHTHUX CUTHAJBHUX CUCTeMaX € (hocopeeiiHuUM MexaHi3-

MoM (mepeHeceHHAM (ocdaTHOl rpynm), AKuil iHiNiroeThCcA BHACJI-

IOK aBTO(POCGOPUIIOBAHHS PeIlenTopa IIicid peremnilii eKcTpakJIi-

TUHHOTO CUTHAJY.

[IBOKOMNOHEHTHi 6araToKpOKOBi CUTHaNbHi CUCTEMU POCTINH

YV pocinum, gk i y 6axkTepiii, (pyHKI[IOHYIOTHL aHAJOTiUYHi CHUT-
HaJIbHI CHCTEMH 3a y4YacTIO TiCTUAMHOBUX PEIelTOPHUX KiHas i pe-
rynsaropiB Bigmosixi. Ili cucremu B 000X rpymax opraHismiB ma-
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IOTh 3araJIbHUI IPUHIIUII aKTHUBAIlil i mepegaui curany, ToMy poc-
JUHHY CHUCTEMY TPaAUIlifHO Ha3WBAIOTh ABOKOMIIOHEHTHOI. OmHAK
Y POCJUH ABOKOMIIOHEHTHI CHCTEeMHU BKJIOUAIOTH HONATKOBUU OiJIKO-
BUII MOZYyJb — TricTHAUHOBY (hocporpancdepasy. Tomy Taki poc-
JUHHI CUCTeMU HAa3WBAIOTh TAKOK JBOKOMIIOHEHTHUMHU 0araToKpo-
KOBHMH CUTHAJBHHMH cucTeMaMu. [Ipukjaazom momi6HOI cucTeMu
Y POCJHH CJYXKUTh IIUTOKiHiHOBa CUTHAJILHA CHUCTEMA.

TakuM YMHOM, JBOKOMIIOHEHTHiI 0araToOKpPOKOBiI peryasaTopHi
cucremu pocauH (puc. 12-B, T') mpencraBiieHi TpboMa KOMIIOHEH-
TaMu:

1) ricTuauHOBi ribpuaHi KiHaswu;

2) ricruguHOBi (QochoTpanchepasu;

3) peryiasaTopu Biamosimi.

TiopuaHi ricTumuHOBiI KiHa3m pocyauH OGJU3BKI 3a CTPYKTYPOIO
Io OaKTepialbHUX, ajie MalOTh CKJIAAHIIIY OymoBy. BOoHHU TakoxK
JOKaJNi3ylThCcsd Ha ILJIa3MATUUYHIN MeMOpaHi, MalOTh ABa TpPaHC-
MeMOpaHHI JOMeHH!, 30BHIIIHIiII penenTOPHUHN AOMEH i IIMTOIJIas-
MaTuuHnii transmitter qomen, sxuii Mae BJIACTHUBOCTI TiCTUIMHO-
BOi KiHasW Ta MIiCTUTL KOHCEPBATUBHUN B3aJUIINOK rictrumauny. Og-
HaK y KapOOKCHUTepMiHaJbHIiNI YacTHHI MOJEKYJM peIlernrtopa 3Ha-
XOOUTHCA NONATKOBUU receiver JoMeH, TOMOJIOTiUHHI receiver mo-
MeHYy peryJaaTopa BigmoBimi. Bim Tako:X MicTUTL KOHCepBaTUBHUIL
3aJIUIIOK aclapariHoBOi KMCJIOTH, Ha SAKHII IepeHOCUThcs ¢oc-
(paTHaA rpyna.

Tictugunosi docdorpanchepasu MarOTs HUSBKY MOJEKYIAPHY
Macy Ta MiCTATh KOHCEPBATUBHUU 3aJUIIOK TiCTULUHY, AKUN BU-
KOPICTOBYETHCS IJIA MepeHeceHHs (GocdaTHol rpymnu. Y IBOKOMIIO-
HEeHTHIN cuUTHaJbHiI cucTeMi ricruauHoBi (ochorpanchepasu ua-
cro HasuBaioTh HPt momenoM, a (pyHKIIioOHA/JIbHO aKTUBHUI 3aJIu-
ITOK TiCTUAWHY — BTOPUHHHUM TiCTUAUHOM. BTOpMHHUN TicTuauH
npuiimae QocdaTHy TPyOy Bil 3aJuIIKy aclapariHoBoi KUCJIOTH
receiver momMeHy TiOpHAHOI TiCTUAMHOBI KiHa3u Ta IIEPEHOCUTH HOTO
Ha 3aJUIIOK aclapariHoBOi KUCJOTHU receiver TOMeHY peryaaropa
Bigmosini (puc. 12-T).

Perynaropu Bimmosimi pocsima momioHi mo 6aKTepiaibHUX. Ixmi
MOJIEKYJIM CKJIQJAIOTHCA 3 aMiHOTEpMiHAJBLHOTO receiver mTomeHy,
110 MiCTHUTh KOHCEPBATHUBHUI 3aJUINOK acmapTaTry, i KapOoKcurep-
MiHaAJBHOTO PETryJIsITOPHOTO IOMeHYy. ¥ MexaHismax perynamii Ge-
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PYTh yYaCTh JBa THUOU PEryJsTOPiB BiAHOBiAi: MOAYJISTOPU AKTUB-
Hocti 6inkiB (RR-A) i Tpanckpuniiiini daxropu (RR-B).

Mexanism ¢yHKIioHyBaHHA. Pemeniiia 30BHIMHBOTO cUTHAILY
ricTUAMHOBOIO TiOPUAHOIO KiHA300 COPHUIE AUMepPU3allii peremnTop-
HHUX MOJIEKYJ. ¥ CKJAAi rOMOAMMEPHOI I'PYIIN PeIelTOpPHi KiHasu
¢dochopuaoOTh OAHA OOHY 3a 3aJUMNIKOM rictumauny. Ilicasa mboro
imimiroeThca TpuTakTOBUM (Qocdopenetinuii mexanism. Ilepimit
eTan 3IiMCHIOETHCSA BCepPeIMHI MOJIEKYJHU pelentopa: gocharua
rpymna IepeHOCUTHCS BiJ 3aJUINKy TricTuguHy transmitter momerny
Ha B3aJIUIIOK aclaprary receiver gmomeny. Ilotim ¢ocdaruy rpymy
npuiiMae Mo0inbHa ricTuamuuoBa (hochorpanchepasa (ocdar mpu-
€IHYETHCSA 0 BAJUINKY BTOPUHHOTO TiCTUAUWHY) i mepeHOCHUTH ii Ha
3aJIMIIIOK acIiapTaTy peryJsTopa Biamosimi. dochopuiaboBaHi pery-
JATOPU BiAMOBiAl 3B’A3yIOTHCS 3i CBOIMH MiIlleHAMHN Ta MOJIYJIIO-
IOTh IXHIO aKTUBHIiCTb.

IIpuuuHaN yCKIaTHEHHS eyKAPiOTUYHUX TBOKOMIIOHEHTHUX CHC-
TeM. YCKJaJHEeHHSA NBOKOMIOHEHTHUX CHUCTEM Yy POCJHUH IIOB’d-
3aHO 3 YCKJAAHEHHAM OYJOBU €yKapiOTUYHOI KJIiTHUHU, ITOPiBHSIHO
3 IIpOoKapioTmuHOM. Y OaKTepiili mepemaua CUrHAJY ILIIXOM (doc-
¢opeeifHOTO MeXaHi3My 3IiHCHIOEThCA 0e3IepPeIlKo HO, OCKIIbKU
BCi KOMIIOHEHTHU CUTHAJbHOI CHCTEMHU JIOKAJIIBYIOTHCS B OJHOMY
KOMHOapTMeHTi — IuToILIasMi. Bei peryasTopu BiAmoBimi MOMKYTH
KOHTAKTyBaTH OJHOYACHO 3 IIUTOILIA3MATUYHUM JOMEHOM perei-
Topa Ta 3i cBoiMu Mmimeunamu, B Tomy umciai 3 JHK. ¥V pocauHn,
aK i B ycix eykapior, JHK BimokpemeHa Bif IMUTONIa3MHU sAep-
HOI0 MeMOpaHom0. Peryssaropu Bigmosiai B-tumy JokasisyooTbses me-
PeBaKHO B AIpPi Ta He MOMKYTH 0e3lmOoCepeaHbO B3AEMOIIATHU 3 pe-
IEeNTOPHUMHU TicTUAMHOBUMU KiHazamu. I{lum BusHauaeThCA HEOO-
XigHicTh yuacTti y (ocdopeneiiHoMy MexaHisMi MOOiILHOTO KOMIIO-
HEeHTa, 10 BUABJsIE (ochorpaHchepasHy aKTUBHICTh. PYHKI[IIO Ta-
KOT0 KOMIIOHEHTa BUKOHYE rictumumuoBa (ocdorpanchepasza (HPt
nomen). Bona mpuiimae Ha cebe docharHy rpymy Big perenTopHOi
KiHasu, mOTiM TPaHCIOKYEThCA M0 sapa Ta mepemae docdar Ha pe-
ryaarop BigmoBigi. Takum umHOM, KOMOapTMEHTAIlisd eyKapioTud-
HOI KJIITMHU € NPUYMHOI YCKJATHEHHS TBOKOMIOHEHTHUX Pery-
JISTOPHUX CHUCTEM POCJIUH.
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ETuneHoBi peuentopu

Crpykrypa. PenenTopu eTuneHy MalOTh iCTOTHY CXOMKicThb 3 ric-
TUAWHOBUMU PENENTOPHUMM KiHazamMu, AKi (PYyHKI[IOHYIOTH Yy IBO-
KOMIIOHEHTHUX CUTHAJBHUX CHUCTeMax pPocJuH i 6akrepiii. Etuie-
HOBi PeIlenTOpPU POCJIUH € iHTerpaJbHUMU OiJIKaMu, IO JIOKAJIi30-
BaHi y mrasmanemi (puc. 13). B N-tepminansHi#l ginaani BoHU Ma-
I0Th TpU TigpodobHi TpaHcMeMOpaHHI JOMeHU, AKi IIepeTUHAIOTH
mMeMOpaHy. AMiHOKiHIIeBa AilsSHKA MOJEKYJH pO3TallloBaHa 30BHi
KJIiTMHHU, a KapOoKcuTepMiHajibHa — y muromiasmi. Excrparii-
TUHHI TiJIAHKY PEIeITOPHOI MOJEKYIU (POPMYIOTH €TUJIeH-3B’ A3Y-
ounil JoMeH i 6epyTh yyacTh y guMmepusartii mosexkys. Ha Bigmimy
BiJT [BOKOMIIOHEHTHUX PEIENITOPiB, €TUJIEHOBI PEIeNTOpPU 3aBXKIU
iCHYIOTH y BUTIJIALL TOMOJUMEDPIB, ¥ AKUX MOHOMEPHW KOBAJIEHTHO
3B’A3aHi OOUH 3 OAHUM. 3B’A30K 3a0€3IIeUyeThCs ABOMA I[MCTEIHO-
BUMUM MiCTKaMM, AKi yTBOPEHI MijK 3aJMIIIKaMU I[UCTEIHY, IO 3a-
MMaOTh MOJIOKEHHS 4 Ta 6 y MOJINenTuAHUX JAHITIOTaX PeIemnTo-
piB (cys-4—cys-4’, cys-6—cys-6’).

Vci BuABIIeH] €eTHIEHOB] PENeNTOPU POCINH KOAYIOTHCA OJHI€I0
poamHOIO reHiB. OmHAK 3a CTPYKTYPOIO IIUTOIJIA3MATUUYHOI YACTUHU
MOJIEKYJIN IX MOXKHA PO3AinuTy Ha JBi rpynu. Pementopu mepimnoi
TPpynu MaloTh 3HAYHY CXOMKICTh i3 TiGpUAHMMU TiCTUAMHOBUMU Ki-
Ha3aMU POCJINH, & PEIeNTOpPUu APYroi — 3 IBOKOMIIOHEHTHUMU pe-
menTopaMu OaKTepiid.

ERS ETR1
N |s-s{N N Js-s{N MDKKNITUHHNI
I R ~ Ls—sd npocTip
nnasmanema
- - - -
'_r —'_P ] ] umTonnasma
B o D] D)
2 2 2 2 |,
His4 3 3 rHis His+ 3 3 rHis
= L
Asp 2 2 -Asp
] e
™ cJc

Puc. 13. Erunenosi penenropu
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Y muromiasMaTHUYHOI YACTHUHHU E€TUJEHOBUX PEeIenTopiB 000X
IPyO MiCTUThCA TiCTUAMHKIHA3HUN KaTaJiTUUYHUI TOMEH i KOHcep-
BATUBHUU BAJUIIOK TiCTUAUHY, AKUN (POCHOPUIIOETHCA IPU aBTO-
dochopunoBanni. [la minguka mMoJsieKyJsu roMmoJjoriuHa transmit-
ter-moMeny JBOKOMIOHEHTHUX PeEIeNTOpPiB. AJle TiIbKU pelenTopu
mepiIoi rpynu y KapOOKCUTEepMiHaJbHOMY paiioHi MalTh HOMEHWH,
TOMOJIOTiUHi receiver-goMeHy riOpuIHUX TiCTUAUHOBUX KiHas i pe-
ryaaTopiB Bigmosimi. Ili ginaHKM MicTATH KOHCEPBATUBHI 3aJUIIKU
acmapariHoBOi KMCJIOTH.

IIpukiagom perenrTopa, 0JM3bKOT0 3a CTPYKTYPOIO IO TiOpum-
HUX TicTuAMHOBUX KiHas pociuH, € perentop ETR1 (ethylene tri-
ple response 1) apabunponcuca. o pelenTopis Apyroi rpymnu Hae-
s«uth ERS (ethylene response sensor). Hespa:xkarouu Ha CTPYKTYPHI
BigmimaocTi, ETR1 i ERS maroTs 67 % romoJiorirzo aMiHOKMCJIOTHOL
MIOCJiJOBHOCTI Ta BUKOHYIOTH ileHTUUYHI (PyHKIIiI.

Mexani3m mepemaui curHaay. ETuiaeHOBI perientTopu B CKJIAMmi
roMoIuMepy V BificyTHOCTi Jirauny (eTuneny) mepeOyBalOTh B KOH-
CTUTYTHUBHO aKTUBHOMY CTaHi, 32 KO0 KOHCEPBATUBHUI 3aJIUIIOK
ricruguny transmitter-gomeny mece ¢ocharuy rpymy. Ha Bigminy
Bil TicCTUAMHOBUX PeIeNITOPHUX KiHA3 ABOKOMIIOHEHTHUX pPery-
JATOPHUX CHCTEM, €TUJIEHOBi pellenTopu He 0epyTh ydacTi y ¢oc-
dopeneitHOMy MexXaHidMi. AKTHBHI eTHUJIEHOBI perenTopu HiaTpu-
MYIOTh B aKTUBHOMY CTAHi TayHCTPUM CUTHAJIBHUN KOMIIOHEHT —
cepun/Tpeoninory Kimasdy CTR1 (constitutive triple response 1).
Bsaemogisa 3ailicHIOETBCS MijK KiHa3HUM JOMEHOM peIleriTopa i ami-
HOTepMiHaJIbHOIO uyacTuHOI KiHasu. KmaHasa CTR1 e HeraTuBHUM
PeryisaTopoM eTHJIEHOBOT'O CUTHAJY, 1 3a BifICYyTHOCTiI TOPMOHY BOHA
aKTUBHO iHTiOyeThCA.

Perneniiis eTuseny cTumyJsioe 3MiHy KoH(oOpMaIllii pererntopa
Ta #oro iHaxkTuBaiito. Ile mpUBOAUTL O MOAANBINOI iHAKTHBAILIT
kinasu CTRI1 i gepempecii cucTeMu eTHJIEHOBOTO CUTHATY.

TakuM UMHOM, €TUJIEHOBI pelenTOpPW NPUHIIMIIOBO BiApisHs-
IOTBbCA BiJ ycCixX iHIIMX PeIenTOPHUX KiHas MexXaHi3MOM peremnirii
i mepegaui curmanay. OCHOBHUMM BiIMIiHHMMM XapaKTePUCTUKAMU
€TUJIEHOBUX PEIeIITOPiB €:

1) mocrifine mepebyBaHHA B TOMOIMMEPHOMY CTaHi;

2) KOHCTUTYTHMBHA aKTWUBHICTH y BiICyTHOCTi Jirammy;

3) imakTuBamii BHaCHimOK pelenirii;



JIrAHA-3B"A3YI04I PELIENTOPK 53

4) mepemaua CUrHAJIy 3IIMCHIOETHCS 3a PAaXYHOK 3MiHU KOHQDOP-
MalIrii;

5) KiHasHa aKTUBHICTH MIOA0 JAayHCTPUM CUTHAJBHUX MapTHEPiB
He BUSBJISETHCS;

6) dochopeneiitnuii MexaHisM He iHiIiroeTbcs.

2.2.3. G-6inok cnonyuyeHi peyentopu (GPCR)

G-6inoK cnonyyeHi peuienTopu TBapuH

Y TBapmH y IJasMaTHUUHi MeMOpaHi KJIiTMH y 3HAUHIN Kijab-
KOCTi Ta piBHOMAHITHOCTI HIPUCYTHI pellenTOpU, AKi MamTh ciM
TpancMeMOpanHuUX nomeHiB. Ili permentopu GyHKIiOHAJIBLHO OB’ A-
3aHi 3 rereporpuMmepauMu G-0iTKaMU Ta CKJIALAIOTH 3 HUMU CTiHKY
curHaapHy mapy. CTpyKTypHiI Ta QYHKIIiOHAJIbHI 0CcOOJIMBOCTI ma-
HOI POOWHYU DPEeNenTopiB Bu3HaUalThH ix Has3Bu: 7¢TM (cemurpanc-
memOpanni) a6o GPCR (G-Protein Coupled Receptor) — G-6imox
cronyueHi pemenTopu. Pamimie iX HasdmBaJaM TaKOXK CEPIIEHTUHO-
BUMHU, abo 3MiemomiOHMMU, pelernTopaMu, OAHAK y CyYacHiil JriTe-
paTtypi Ii TepMiHM IIOCTYIIOBO BUXOJATH 3 YIKUTKY.

GPCR — 11e BeqMKUHA KJIaC MOHOMEPHUX PeIenTopiB, AKi BUKO-
HYIOTh HalipidHOMaHIiTHIiNII curHanbpHi GyHKHIIT v TBapmH. [[o miporo
TUNY HaJeXaTh CMaKOBi, HIOXOBi, aHApeHepriuHi, MyCKapuHOBI
aleTUJIXOJIiHOBI Ta iHIII pementopu. Beci BoHM MamTh 3arajbHUMN
MPUHITUI OyM0BU Ta (DYHKI[IOHYBaHHSA, a PO3PIiSHAIOTLCA JiraH-cIie-
nudivnicTIO, TOOTO 3MAaTHICTIO CIIpUIMATY Pi3HI 30BHIIIHI CUTHAJIN.

IMomimenTunuuii gauior GPC-pemenTopiB ciMm pasiB mpoHU3ye
memOpany (puc. 14). N-trepminanbHa AiAHKA TOJIiNeNTUAY PO3Ta-

.--- @ niraH . . .
N, ® A MIKKITUHHNI

npocTip
—= : 2 nnasmanema
s 2
C o (¥ uuTonnasma
peuenTtop B
GDP
G-6inok

Puc. 14. G-6isok cmosyueHi (ceMuTpaHcMeMOpaHHi) perenTopu
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IIOBYETHCA Ha €KCTPaKJITMHHOMY OOIli ILTasMaTH4YHOI MeMOpaHwU,
a C-xinmeBa minsgHKa — HaA IMUTOILIasMaTuYyHOMY. Ilesaki amiHoKmC-
JIOTHi 3aJIMIITKN 30BHIMMTHBbOKJITUHHUX YACTUH IOJITENTHUHOTO JIaH-
miora (N-kKiHmeBuii Ta MisKTpaHcMeMOpPaHHI AiIAHKM) PEIenTOPHOL
MOJIEKYJIH TJIiKo3oBaHi. QiirocaxapugHi rpynu BigirparmTh iCTOTHY
poJb y hopMyBaHHi JiraHa-3B’A3y0u0i AinauKM pererntopa. [{uto-
mrasmatuuna C-tepminanabHa obsacts GPCR ¢opmye minauky 3B s-
syBaHHs G-06isKa, uepes SAKUU OIIOCEPEIKOBYETHLCS Iepemada CUT-
"Hany Ha G-0imok. I'ereporpumepuuii memMOpaHo3B’ a3auuii G-0iI0K
€ 000B’SI3KOBUM KOMIIOHEHTOM CUIHAJbHMUX MexXaHisdMiB, AKi cTu-
MYyJI0I0ThcA uepe3 G-0iJI0K cmoJsiyueHi pelenTopu.

Icaye 6arato tumis GPC-pernenrtopiB, crmenu@iuamx mo Jiras-
niB pisHoi xXimiuxoil npupoau. BoHu 3B’A3yIOTH MENTUAHI Ta TJIIKO-
IPOTEIHOBiI TOPMOHM, aMiHM, HYKJIEOTUAN, efiK0O3aHOI 11, aMiHOKMC-
JOTHU, i0HM KaJjbIlifo Toimo. KpiMm Toro, € peremnTopu, aKTHUBAIisd
AKUX 3QIMCHIOETHCS IIPOTeasaMM, AKi BiApisaioTh eKCTPaAKJIITHHHY
IiIAHKY pelenTopHol MoJieKyau. TpaHCAYKIliA CUTHAIY Bil pellel-
Topa Ha G-0iIOK 3IifiCHIOETHCA Y IIPOIeci pereririi, BHACIITOK AKOIL
3MiHIOETBECA KOH(pOPMAI[is PeIelTOPHOI MOJIEKyau. AKTUBOBaHUIL
G-6im0x mucoriroe Ha o-cybonuHUI0 i By-fuMep, AKi B3aeMOAiIOTH
3 MOJAJBIIUMU CUTHAJbHUMU Oikamu (mguB. poszia 3.1.1 «Tere-
porpumepHi G-6iTK1»).

G-6inku GPCR-Tuny (GTG)

CekBenyBaHHS reHoMy Arabidopsis m03BOJMJIO TOCTYJIIOBATU
icayBarnua GPCR y pocauu. OnHaK 3aCTOCYBaHHS JKOPCTKUX KPU-
TepiiB imeHTH(iKAaIi]l HEe MO3BOJUJIO MiATBEPAUTH HAABHICTH CEMU
TpaHCMeMOPaHHUX NOMEHIiB y MPOAYKTIB I'eHiB, II[0 KOAYIOTH TillO-
reruuni GPCR, a Takosk ix MeMOpaHHy JOKajisallifo Ta 3ZaTHICTH
B3aEMOIiATH 3 a-cybomamHuUIeio rereporpumepuoro G-6iaka. Ta-
KMM YMHOM, MOCi He Bimomo, uu icHyioTh y pocauH TtumoBi GPCR
TBapuHHOrO TuUNy. He BUKJIOUEHO, IO Yy POCIUH MOAiOHI MeMO-
PaHHi pelenTopu MaiOTh OCOOJIUBY «POCJIUHHY» CTPYKTYPY Ta CIO-
ci6 pyuxmionyBaunua. [IpukIagoM TakKuX OCOOJUBUX PEIENTOPiB
e 6inku GTG, aki e rimoreruunumu pernentopamu ABK.

Y pocaun Arabidopsis 6ys0 Buasiaeno asa 6inku (GTG1 i GTG2),
110 MalOTh icTOTHY romoJorieio 3 oguuM i3 GPCR mogmum Ta Ma-



JIrAHA-3B"A3YI04I PELIENTOPK 55

IOTH perenTop-mnoaiony tomoJorio. Ha sigminy Bix GPCR, y cTpyk-
Typi 6inkiB GTG mpucyTHi:

1) meB’aTh TpaHCMeMOpPaHHUX JOMEHiB;

2) AT®/TTP-3B’a3y0unii JOMEH;

3) ImowmeH, 1110 BigmoBimae s3a mocuiaenua ['TdasHol aKTHBHOCTI.

Ouuineni GTG1 i GTG2 38 asyors I'T®D i Buasiaaors ['TPaszny
akTuBHicTb. OcKinbKu 1i 6inKmM rigpoJisyrors I'T® i maioTh cxo-
s)kiets 1o GPCR, ix masBanu G-6inkamMu GPCR-tumy (GPCR-Type
G Protein — GTG).

Kpim crpyxTypHHUX ocobauBocteii, GTG MaTh BJIACTHUBOCTI,
AKi icToTHO BifpisHAIOTH iX Big BimoMux G-0iJOK-CIIONyUYeHUX pe-
IeIITOPiB TBapUH.

Hassuicts I'IIP abo I'TP® y ryaHiHHYKJIEOTUI-3B’ A3yBAJIbHOMY
momeHi (FP- i 'Td-3B’a3ana KoH(oOpMAaIlisg) BU3HAUAE CIOPiA-
HeHicte GTG go ABK. I'II®-38’a3ana dpopma GTG 3B sizye ABK
Ta imimitoe mepemauy curxaay ABK, a I'T®-3s’asama ¢popma GTG
BTpauae CIOPiJHEHIiCTL 1O TOPMOHY.

BBaskaerncsa, 1m0 mepexig Misk JBOMa OCHOBHUMH KOH(oOpMa-
migaMu 3abesneuye MexaHisM peryJdilii mommupenusa curHany ABK.
Cruinm sasmaumTu, mo nuka aktubainii GTG BigpisaseTbca Big mu-
KJIiB aKTuBAaIlii rerepoTpuMepHUxX i MmoHOMepHuX G-0iakKiB. Yci Bi-
nomi G-0iMKM aKTHUBYIOTh CUTHaJbHY cucrteMy B I'T®-3B’szanii
¢opwmi, Tomi axk GTG y miit ¢popmi mepedyBae B HeaKTUBHOMY CTaHi.

2.2.4. Peyentopu-KaHanodpopmepn

3MiHa HaOpAMKY Ta iHTEHCHUBHOCTiI TPaHCHOPTY iOHIB cmpusde
OCIMJIANIAM IXHBHOI BHYTPITHBOKJIITHHHOI KOHIeHTpalii. Ieil de-
HOMEH BUKOPHCTOBYETHCA B MeXaHidMaxX TPaHCAYKIII curuamy.
TonHi KaHAIW MOKYTHb OYTH AK TPOMiKHUMHU KOMIIOHEHTAMM CUT-
HaJIbHOTO JAHIIOTa, TaK 1 pelenTopamMu, IO CIPUUMAIOTh eKCTpa-
KJiTuHHI curHaau. PelenTopu, AKi ogHOUYACHO € iOHHMMU KaHa-
JaMu, Ha3WBalOTh pelenropaMu-kaHajxodgopmepamu. Takuil Tun
pelenTopiB HA3UBAIOTh TAKOXK 10HOTPOIHUMU.

IIpuksagom perenTopa IBOTO KJACY € alleTiIXOJiHOBUU pellern-
TOP HiKOTHMHOBOI'O THUNY Yy TBapuH (HazBa 3yMOBJIEHA CIOPiTHEHi-
CTIO perenTopa mo Hikotury). Ha BigMiHy Big MyckapmHOBOTO aitie-
TUJIXOJIHOBOTO peIlenTopa, 1o HajaeKkuth 10 GPCR, HikoTmHOBUI
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perieriTtop (opmye HecmenudiuHUil iOHHMN KaHaJ, AKUI IPOBO-
ouTh iomm Na™ i K*.

A1eTnIX0iHOBI HiKOTHMHOBI pelenTOPU CKJIANAIOTLCSI 3 Pi3HUX
kKoMmOiHanit n’aru Tunis cybogmuMNL (o, B, v, O, €), IpuUOMy
0 CTPYKTYPU OYAb-AKOTO AlleTUIXOJIHOBOTO PEIEeNTOpa BXOAATH
IBi o-cy0OAMHUIN, HA SKUX MICTATHCA MiMAHKYN 3B A3yBaHHS alle-
TUAXO0JiHy (puc. 15).

ITonimenTuaHi JaHIIOrX BCiX CyOOAMHUIIL YOTUPU Pa3U IIPOHU-
3y0Th ImaasmaaeMy. N- i C-xiHieBi JoMeHM MiCTATHLCS 30BHI KJIi-
TUHU Ta TJIiKo3oBaHi. [[uTonmasmaruuHi AiIAHKY pPelmenTopHOi MO-
JIeKYJIM B3a€MOMIIOTH 3 KOMIIOHEHTAMU IIMTOCKEJIeTy — TyOyJIiHO-
BUMHU Ta aKTUHOBUMU OiJIKaMMU.

A1eTuIX0JIiHOBI perenTopu-KaHaJI0(popMep, PO3TAIIIOBYIOTHCS
Ha MOCTCUHANITUYHUX NiISHKAX MeMOpaH 30yIJIuBUX KJIITHH (HEp-
BOBUX, M A30BUX, CEKPETOPHUX) i OepyTh y4acThb y TIEepPeTBOPEHHi
curHaysy. MoJyiekyIu HelpoTpaHCMiTepa alleTUJIXOJiHY BUBLILHS-
IOTbCA KPis3h IIPeCMHANTUYHI MeMOpaHy HEePBOBUX 3aKiHUEHDb IILIs-
XOM €K30IIUTO3Y, TUPYHIYIOTh Yepes CUHAITUYHY IiIINHY Ta 3B s-
3YIOTHCS 3 ABOMA O-CYOOAMHUIAMU AIleTiXOJiHOBUX PEIeIlTOPiB.

3B’sI3yBaHHS HEHpPOTpPaHCMiTepa 3 XOJMHEPTUUYHUM PeIleITOPOM
cupuunHAEe KOoH(GOPMAIiliHi 3MiHN B OJIirOMEePHOMY KOMILIEKCi, IKi
MPUBOJATEL N0 (POPMYyBaHHA iOHHOTO KaHasy. lle mosBoJise ioHam
Na'* BXOAUTH y KJIITUHY, 1[0 CIPUUYNHAE JOKAJLHY OeIOJIPU3aIliio
MeMOpaHM Ta CTUMYJIIOE cHelndiuny BiamoBias. ¥ Helipom’sA30Biit
cuCcTeMi, HaIPUKJIAL, Aid alleTHUJXOJIHY Ha XOJIiHepriu"i perei-
TOPHU CIPUYUHSE CKOPOUEHHS MYCKYJATypPH.

Y pociauH moxibHi permenTopu-xkaHasoGopMepu He BUABJEHI.
PocinnuHi ioHHI KaHAIM, aKTUBHICTL IKUX PETryJIIOETHCS JiraHmgamMu,

3aKpUTKIN aueTunxoniH 3B'A3yBaHHA aLETUIIXONIHY
aUeTUNXoNniHoOBUN o o o Ta BIAKPMBAHHA KaHany
peuenTop o (®) (%) . . .
Na MiPKKNITUHHWIA
npocTip
o - o - o nnasmajema
nosBa unTonnasma
B €KCTPAKIIITUHHIN cepepi Na*

aLeTUNXoniHy

Puc. 15. AnerunxoniHoBuii perenTop-KaHaaohopmep
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3B A3YIOTH BTOPUHHI Meceumxepu. Hanpukian, e poanHa ioHHUX
kamainie CNGC (cyclic nucleotide-gated channels), 1o Bigxpusa-
OTbcA MuKJAivHUMU HyKJaeotumzamu cAMP i cGMP (muB. posmin
«cAMP-perynboBaHi 0i1Ku pocauH»), i perentopu Gochopuabo-
BaHUX (PopM iHO3uTONY (HUB. PO3min «IHIYKOBaHe HALXOIKEHHS
KaJbIil0 B IIUTOILJIAZMY»).

2.2.5. BHYTpIiWWHbOKAITUHHI peuenTopu

BHYTPIIIHBOKIITUHHI pelnenTopu POCJIUH IIpeACcTaBJIeHI pis-
HOMaHITHUMU rpynamMu. BoHM MamTh Pi3HY JIOKaJi3allio, CTPYK-
Typy Ta GyukIiii. Cepen HUX € KJIACUYHI PEIeNITOPU Ta PEIenTopH,
10 MAalOTh IIOABiHIHY (PYHKIIiIO, AKi, Kpim pereniii 30BHIIIHBO-
KJITUHHUX JirauaiB, BUKOHYIOTh iHIII crermudiuni Gyurmii. laa
OiNIBIIIOCTI BHYTPIMIHLOKJIITUHHAX PEIelITOPiB POCINH XapaKTepHa
iXHA «pPOoCIMHHA» cuenu@ivuHicTh. 3a3BUUall, BHYTPIIMTHBOKJJIITUHHI
perenTopu, AKi BUABJIEHI Y POCJIUH, € HETUIIOBUMU IJA TBapUH,
i HaBmakKu, TUIIOBi OJII TBAPUHU BHYTPIIMHBOKJIITUHHI perenTopu
He 3HAWOEeHi y POCJWH.

ApepHi peuentopu TBapuH

Haiibinpin xapakTepHOIO IPYIIOI BHYTPIIIHBOKJITUHHUX pPe-
IIeNITOPiB TBApUH € AnepHi peuentopu. BoHU € TpaHCKPUIIIiii-
HUMU (paKTOpaMM, AKi aKTUBYIOTHCS JIMOPIIbHUMU JiraHZAMU —
CTEePOITHMMY, PETHUHOIZHUMU Ta TUpoimHmMu ropmoHamu. IIi pe-
HEeNTOPU IOMIIAIOTHCA HA YOTHUPHU KJIACH.

Peuenropu kmaacy I mepeBaskHO 3B’SI3yIOTH JIiraug y IIUTOII-
nasmi. BaraTo perenTopiB IpOro KJiacy 3a BifiCyTHOCTI BigmoBin-
HOTO JIiraHAY YTBOPIOIOTH HEAKTUBHI KOMIIJIEKCU 3 IIIallepOHAMU,
AKi eKpaHylTh JOMEH SAepHOi JoKasisarii Ta gilgHxu B3aeMomil
3 IHK ra/a6o immumn KoakTuBaTopami TpaHckpumiiii. Pisui Buanu
CTEePOISHUX pelenTopiB crenudiuHo 3B’A3YIOTHCA 3 IIalepPOHaAMU
neBHOTO TUIy. Hampukiazm, y TBapuH PEIENTOPU CTEPOIJHUX TOP-
moHiB GR, MR, PR Tta AR B3aeMomitoTh 3 6iJIKOM TEIJIOBOTO IIIOKY
Hsp90. IIpu B3aemomii 3 TOpMOHAJIBHUM JIITAHJOM KOMILJIEKC pe-
IEeNTOP-IIIAallePOH MMCOIliIoe, a pelentop AuGyHAYE y AAPO, A€ BU-
KOHY€E POJIb TPAHCKPUOIIAHOTO peryJaTopa (puc. 16).
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Puc. 16. fApnepui perennTopu TBapuH KJjacy I.

YMOBHI TO3HAYEHHSA:

R — penenitop; Hsp — 1mranepoH (6iJIOK TEIJIOBOTO IIIOKY);
RP — PHK-noximepasa

Penentopu kaacy II nokanisyiorbesa y Anpi Ta 3a BimcyTHOCTL
Jiranny 3B’A3aHi 3 KopempecopoM, 0epydYu ydacTh B iHTiOyBaHHI
TpaHCKpumilii. 3B’A3yBaHHA 3 JIiraHAOM IPUBOAUTH IO 3aMiHU KO-
pempecopiB Ha KOAKTUBATOPU, ¥ PE3YJIbTATI YOr0 iHAYKYETHCSA TPaH-
CKPUIIIiaA JiraHg-aKTUBOBAaHUX TeHiB (puc. 17).

(qmonnasma \ ( yuTonnasma 0&5“()_ O&X‘(

cTepoigHun
ropMoH

\

Puc. 17. Apepui penenropu tBapun KJjaacy II.

VYMOBHI TO3HAUEHHA:

R — pereniTop; act — KoaKTUBaTOD;
RP — PHK-nosimepasa; rep — Kopempecop

Penentopu kaaciB III ta IV meumcienni, i mexaHiam ix po-
00TH Ille HEeJOCTATHHO 3PO3YMIiIU.

AKTuBHiCTH 6araTboX ANEPHUX PEIEIITOPIiB KOHTPOJIIOETHCA Ta-
KOK pisHUMU perynaropHuMu Oinmkamu. Ili perenTopu MOXKYTH IIe-
pebyBaTu B Pi3HHX CTaHaX, AKi XapaKTepU3YIOThCA IIEBHOK 3[aT-
HiCTIO peleniTopa 3B’A3yBaTH JITaHI Ta iHiIlifoBATH TPAHCKPHUIIIIiO.
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BHYTPilWHbOKNITUHHI peLienTopn pocanH

Y pocamHHUX KJIITMHaAX He NMPUCYTHI ANepHi pernenrTopu, xa-
paxTepHi majma TBapuH. Ilei#l dakT mama 6araTboxX MOCIiTHUKIB OYB
eIo TUBHUM, OCKilbKU pocauuHi perynaaropu ABK i 6pacuuocTe-
poinu GIM3BKi 3a CTPYKTYPOIO, BiATIOBiAHO, PETMHOIMHUX Ta CTEPO-
inHUX TopMoOHiB TBapuH. IIpoTe, y pocimH MexaHi3M CIPUAHATTA
Jino®iJbHUX MOJIEKYJ BHYTPIITHBOKJIITUHHUMU PellelITOpaMu 30B-
cim immwuii, Hi)K y TBapuH.

Bigomi B mammii yac BHYTPINTHBOKJIITUHHI PEIENTOPU POCIWH
MOJKHA TOJIiMNTU Ha Tpu rpynu. He BUKJIIOUEHO, IO OYAYTH BU-
SIBJIEHI PeIenTopu, II[0 MAaOTh CTPYKTYPHO-OYHKIIOHAJBHI 0Cc0O0JIN-
BOCTi IPUHIIUIIOBO BigMiHHI Bim Bimomux perenTopiB. Homenkia-
Typa BHYTPIIIHBOKJITUHHUX PENeNTOPiB POCJUH € IajeKo He J0-
croHanono. Ha choromui nmpuiinATO Ha3uBaTU I'PyNu 3a POSUHAMU
OLJIKiB, IO AKMX BOHU HAJEXKATh:

1) F-box pemnenropu;

2) TOPMOH-UYTJUBi Jinmasu;

3) START-momeH peliemnTopu.

F-box peuenTtopu

F-box perenTopu € uacTuHOO yOiKBiTHMHYIOUOI mpoTeiHOBOL JIi-
rasu (OuB. po3min «YOikBiTHMH-OTIOCepeqKOBaHAa merpamaitis Oij-
KiB»). Bimomo, 1o F-box cybommuuniti SCF-momibHMX Juras BUKO-
HYIOTh (QYHKI[il0 3B’A3yBaHHA cyOcTpary — OinKiB-mimenei, axi
mpusHaveHi A yOiKBiTHMHYBaHHA Ta momasbinoi merpagarii. Cme-
nupivne BOisHaBaHHA Ta 3B’A3yBaHH:A O0inKiB-Mimteneii i3 F-box 6ix-
KaM” KOHTPOJIOEThCSA pisHuMHU MexaHismMamu. OgHUM i3 TaKUX Me-
XaHisMiB € ropmMoHasbHA MomyAlia adpinmocti F-box Oinmkxa mo mi-
meni (puc. 18).

Ha mosepxui F-box perenTopiB sHaxoauTbcs Jeiinmuu-sdara-
uyeHa ginaaka (LRR-motuB), Aaka popmye cuenudiuny rizpodobHy
KUIIIeHIO i3 BUCOKOI0 adiHHICTIO O TOPMOHY IEBHOTO TUIY. 3B’d-
3yBaHHA rOpMOHY 3 F-box 0iKOM IPUBOAUTEL 4O YTBOPEHHS 3B’ -
3yBaJbHOI TTOBEePXHi, HeOOXimHOI AJA cmernu@iuHOTO BIIisHAaBaHHS
OinkiB-MimeHe#i. ¥ IbOMY BUIIAAKY KaKyTh, II0 TOPMOH BUKOHYE
POJb «MOJEKYJIAPHOTO KJeio», AKuil 3abesneuye riazpodobHi B3ae-
moxil mixx F-box pemenropom i mimenuio. B pesyabrari Oiakm-mi-
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mieHi yOiKBiTHHYIOThCA Ta PYUHYIOThCA 26S IPOTEACOMHUM KOMII-
JexKcoM. 3a3Buuaii, JaHWHA MeXaHidM IOB’sA3aHUN 3 JepenpecopPHUM
PeryJasaToOpHUM MexXaHi3sMoM, SKU 3abesleuye y BiAIoBiaL Ha cTu-
MyJ (TOPMOH) BUAAJIEHHSA IIEBHOI I'PYIU PEIpecopis.

F-box pemenTopu Oyau BUABJIEHI A OBOX POCJAUHHUX I'OPMO-
HiB: iHmOJILI-3-011TOBOI KUCJOTH Ta isoJseliun-Kacmonary (JA-Ile).

YV pocaun apabupmomncuca BusiBiaeHo 6 F-box pemenTopiB ayk-
cuny: TIR1 (transport inhibitor response 1) i AFB1-5 (auxin
signaling F-box). Bimox TIR1 0yB imenTu(dixkoBaHuii y MyTaHTiB,
CTiliKMX M0 iHriOiTOpPiB MOJAPHOTO TPAHCIIOPTY ayKCHUHY, B cepe-
nuHi 1990-x i onucanuii gk 6iJIoK, AKUil 6epe y4acTh y TPAHCIOPTL
IOK. Myrania tirl € mocuTh ciabKOI0, TOMY PO3TJIALAIACA MOMK-
JUBIiCTh iCHYBaHHSA TeHiB 3 (PYHKI[iAMH, IO NePEeKPUBAIOTHCS.
Hiticuo, TIR1 € omuum i3 mectu G6ausbKocnopiguenux F-box 6ii-
KiB. ¥ pociuH, [0 MalOTh HOPYIIEHHS BiZpasy B YOTHUPLOX IeHax
tirl afbl afb2 afb3, 3HAUHOIO MipOI0 3HM}KEHA YYTJIMBICTH [0 ayK-
CHUHY.

ITomanemri gocaimkenusa moxkasainu, o TIR1 mae BigHOIeHHS
IO COPUMHATTS KJIiTHUHOIO aykKcuuy. lleit 6imok mictuts F-box mo-
MeH i € KOMIIOHeHTOM YyOiKBiTMHYIOUOI ImpoTeiHoBoi Jirasu. Mite-
Hamu TIR1 e 6Ginku 3 pOAMHM HETAaTUBHUX TPAHCKPHUIIIHHUX pe-

nurang 6e51oK-MuLLeHb

- F-bo v
{ (pevuenTop)
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Puc. 18. [lepenpeciituuit mexanism 3a yuactio F-box perenropa
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rynasaropiB Aux/IAA, AKi pemnpecyloTh TreHM ayKCHUHOBOI BiATIOBifi.
AXKTHBYBATH €KCIIPECil0 ayKCHUH-UYTJUBUX TeHiB MOMKJINBO, SKIIO
Buganauty neBHi Buau Aux/IAA. Ilig mieto aykcuny y TIR1 3HauHO
MiABUIIYETHCS CIIOPigHEHiCTh M0 O0inKiB Aux/IAA, BHACIiTOK YOTO
BOHU 3B’A3YIOThCA 3 Jirazom E3, yOiKBiTHUHYIOTBCSA, a IOTIM pPyii-
HyIOTbCcA 26S mIpoTeacoMoro.

COpuUHATTA KACMOHATIB POCIUHHUMHU KJITHHAMHN MAae€ MHOIi0-
HUHU MexaHisM. AKTHBHA (hopMa KAaCMOHATY — i30JeHI[UH-KaCcMO-
Hat (JA-Ile) — cmerudiuno B3aemozie 3 6inkom COI1 (coronatine
insensitive 1), akuit ¢ F-box 6inmkom. 3B’A3yBaHHs i30JeHIINH-KAa-
CMOHATY 3 0c00s1BOI0 TimpodobHoio mainaakoioo COIl mpuBoguTh
o (opMyBaHHS IIOBEPXHi, HEOOXimHOI mis cmemudivyHoro 3B’A3Y-
Bauus 0inkiB poguau JAZ (JASMONETE ZIM-domain). JAZ-6inku,
10 € HEeTaTUBHUMH PEryJATOPaMU KacMOHAT-3aJeKHUX peakIlii,
y Bigmosigb Ha BuauB JA-Ile yOiKBITUHYIOTBCA Ta AerpagyioTh.
SAKII0 MOPiBHATH cUCTEeMY CHPUUHATTS ayKCHUHY Ta KacMOHATY,
TO cain 3asHaumTu, mo F-box pememnrop COIl € pyHKIiOHAIbHUM
ananorom TIR1, a pempecopu JAZ-6inku — anamorammu Aux/TAA.

lfopmoH-uyTnuMBi ninasu

¥ cucremi peryasanii ribepeniny 0yB BUABJIEHUN POSUMHHUI Ti-
Oepenin-3B’asytounii 6iok GID1 (GA insensitive dwarf 1), axwuit
imrenTudikyBanu Ak peremnTop ribeperniny. Momekymaa GID1 mae
B CTPYKTYpi KOHCepBATUBHUI Jinma3HUI KaTaJiTUUHUN NOMEH.
3a 1iero 03HAKOIO JaHUII pelenTop O6yB BigHeceHUH M0 POAUHU TOp-
MOH-UYTJINBUX Jimas.

OgHakK y KaTaJiTUYHOMY AOMEHi 3 TPbOX iCTOTHUX AJIA JIimas-
HOI aKTWBHOCTI aMiHOKMCJIOTHUX 3aJIUIIKIiB IPUCYTHI TiIBKU IBa.
3 miei mpruumau GID1 He BuABAAE KaTaJiTHYHOI aKTUBHOCTI. Pasom
3 TUM, He()yHKIIiOHATBHUMN KaTaJiTUUYHUI JoMeH (Gopmye Tibepe-
JiH-3B’A3yI0Uy OiIAHKY (KOP), IO Mae BUCOKY adiHHICTH O aKTUB-
HuX (popm™m ribeperniny, 3 icroTHoio mepeBaroio GA, ta GA,. AmiHo-
TepmiHasmbpHUHE nomeH GID1 yTBOpioe Haj AiIAHKOIO 3B’ sA3yBaHHSA Ti-
0epesliHy KPUIIKOIOAIOHY CTPYKTYPY, AKa TaKOK B3aEMOZI€ 3 MOJIe-
KyJioto TopMmouy. I'ibepesin moasgapHUM GOKOM MOJEKYJIN B3aEMOIie
i3 xKopoMm, a rigpodobuuit 6iKk — 3 sginodinsHOIO N-TepMiHAIBLHOIO
IiMAHKOIO0, AKA Haue «KPUIIKa» MIPUKPUBAE MOJEKYJY Tibepesiny.
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T'iGepesin OoIMHAETHCSA Y TOPMOH-3B’ A3YI0UOMY KOpi, AK Y KHUIIEHi.
3B’sa3yBaHHA ribepesiny IPUBOAUTH A0 3MiHM KoH(poOpMAaIlii pe-
menropa Ta crabimisariii fioro crpykTypu. IloBepxXHSA MOJIEKYJIHU
GID1 B ob6sacTi «KpUIIKKU» POOUTHCSA IIPUCTOCOBAHOIO AJIA 3B’ A3Y-
BaHHA 0inkiB, 1mo maiorb DELLA-gomen. o DELLA-6inkiB Hame-
JKaThb perrpecopu ribepeiHOBOTO CUTHAJNY. Y TBOPEHHS KOMILIEKCY
GID1(GA)-DELLA mpuBOAUTH [0 CYTTEBUX KOHMOPMAIINHUX 3MiH
y KapbokcurepminanabHiit vactTuau DELLA-6Ginka, B pe3yabTaTi 4oro
BOHU HAOyBalOoTh 3maTHOCTI cumenudiuno B3aemogisaru iz F-box cy-
oomuuuIiero SCF-moni6uoi yboikBiTUHYOUOI Jirasu (puc. 19). Hauri
DELLA-6iok yOiKBiTHMHYETHCS Ta IMiAJa€ThCS IPOTEOJIi3Y.

T'iGepeniHoBUII cuUTHAJ, OT/Ke, TeX 3ali€ CIPIMOBAHUU IIPOTe-
osi3 OinkiB, ommak pemnenrop GIDI1, ma Bigminmy Bixm F-box peren-
TOPiB, HE € YACTUHOIO yOiKBiTHMHYIOUO]I Jirasu, a 6epe y4acTsb y IIija-
roroBri OinkiB-mimnreneit (DELLA-6inkiB) mo 3B’sasyBamus 3 F-box
CyOOOUHUIIEIO JIirasu.

peuenTtop 3B'A3yBaHHsA

@ peuenuisa ” 6inka-miweHn
—_—
A ..') d

niraHg

3B'A3yBaHHA
3 E3-nirasoto

npoteonis
26S-npoTeacomoto

Puc. 19. [lepenpeciiinuii MexaHisM 3a y4acTIO pelienTopa 3 POAWHU IOp-
MOH-YYTJINBUX JIinas
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START-gomeH peuentopu

Penenropu 1iei rpynu Oyau BuaBieHi npu BuBueHHi ABK-cur-
Hasy. BukopucroByoun miTyuHHN (QyHKIioHanbHuii anaior ABK
mipabaKTHH, BAAJIOCSA BUABUTU IIipabaKTHUH-CTINKMHA myTanT Arabi-
dopsis pyrl (pyrabactin resistance 1). BusiBuiocs, 1o jgokyc PYR1
koxye Bucorkoadinuuit 1o ABK 6inox PYR1, axuit 0yB imenTudiko-
BaHuili Ak penentop ABK. Ilismime O0yiao mokasaHO HasBHICTL iH-
mux PYR1-tmogi6HMX 0inKiB 3 MOAi0HOI0 (PYHKIII€EI0 Ta CTPYKTYPOIO
(PYR1-LIKE — PYL). Iama mocaigauiibKa rpymna BusBuia 0iJoK,
1o O0esrmmocepensHbO B3aemogie i3 mpoaykTom reHa ABI2 — mporei-
HOBOI0 (hocarasoio 2C (PP2C), aka maBHo OyJsia Bimoma saK Hera-
TuBHUN perynaaTop ABK-curunany. Ileit 6i10K oTpuMaB Ha3By pery-
aaropauii KomnoHeHT ABK-curmany 1 — RCAR1 (REGULATORY
COMPONENT OF ABA RESPONSE 1). bBinok RCARI1, ak 6ymio
3’scoBaHO 3T0A0M, Bigmosimae 6inxy PYRO 3a iximoro HoMeHKJIATY-
poro. OgHOUYAaCHA MOABA MOBiIOMJIEHB PO curHaabHi 6inkum PYR1/
PYL i RCAR npuBena 10 BUHHKHEHHS ABOX HOMEHKJIATYP AJS OJ-
Hiel rpynu 6inkiB. 3 miei mpuumam pernentopu ABK miei rpynm
nosuauaioTh PYR/PYL/RCAR. Binku PYR/PYL/RCAR BigHOCATH
o Beaukoro cymneppoanaa START-6inKiB, 110 MaiOTh y CBOIl CTPYK-
Typi ocobsuBuit nomex START (steroidogenic acute regulatory
related lipid transfer).

START-nomen ¢opmye ABK-3B’sA3youy KHUIIeHIO, IKa (PIaHKY-
€ThbCsS BOMAa IIETJAMU, AKi HasMBAIOTL BOPOTA Ta 3aMOK. 3B’ d3Y-
BanHsa ABK 3 perenTopomM NpuBOAUTE A0 3aKPUBAHHS IIeTeJb, i MO-
aexkyna ABK onuHAeThcA 3aMKHEHOIO BcepeauHi KuineHi. Ile mpo-
BOKY€ 3MiHy KoH(popMaIlii, BHaCJIiJOK Y0Oro pelentop HabyBae 3maT-
HOCTi BHCTyIaTu B AKOCTi KOHKYpeHTHOTo iHribiTopa ¢ocdarasu
2C. BiH 3B’s3yeThbCS 3 pPeaKIiMHUM IIeHTPOM (epMeHTy Ta iHribye
MOro aKTUBHICTB.

Penentopu ABK y BifmcyTHOCTI TOpMOHY MicTATbCA Y KJIITHHI
mepeBakHO y Buragani romoxumepa (puc. 20). Mimens peremn-
Topa — IporeinoBa (Qocdarasza 2C — 3HAXOAUTHLCS B aKTUBHOMY
craui Ta iHrioye mporeinkinasy SnRK2. I1a SNF1-moxi6bna rKinasa
€ mosuTuBHUM peryiasaTopoMm ABK-peryaboBanux rexniB. 3B’aA3y-
BaHHS perenrtopa 3 ABK mpuBoguth mo 3mMiHmu #oro KoHdopmaririi,
B Pe3yJbTaTi UYOro TOMOAMMEPU AUCOIIiIOIOTH, a KOMKEH PeIenTop



64 PELIENLIA 30BHILWHbLOIO CUTHANY

HabyBae 3maTHOCTI B3aemMomAiATH 3 peakiiiinum meHtpom PP2C,
KOHKYPEHTHO IPUTHIUYyIUMN HOro akTUBHIiCTL. Pempecia ¢gocdarasu
2C mpuBoauTh M0 akTuBaIlii nmporeinkinasu SnRK2, aka gochopu-
JII0E TPYNY TPaAHCKPUNIiHHUX (paKkTopiB — aKTuBatopiB ABK-pe-
ryJbOBaHUX TeHiB.

anvep ) nirang AKTUBHI
HeaKTUBHOIo . peuenTopun
peuenTopa
peuenuia
g
niraHg O

3B'A3yBaHHA
penpecop g —

aKTuBaLis

CUrHaNbHOTO
nocepeHviKa nepegava
" curnany

Puc. 20. Mexanisam aktuBaiii START-momeH pemenropa

penpecopa
CUTHaNbHUN

nocepeaHK

2.3. CBITJIOBI PELIEMTOPU

CiTioio, AK OJKepesio Telljia W eHeprii, Mae icTOTHe 3HAUYEHHS
LA JKUBUX iCTOT i, TOJIOBHUM YWHOM, A (DOTOCMHTE3YIOUUX OP-
raHiamis, y TOMy uucJi AJa pocauH. [ig COHAYHOIO CBiTJa HaA IO-
BEPXHIO 3eMJIi He € IOCTifiHOIO: iHTEHCUBHICTD iHCONAIIl TPOTATOM
CBiTJIOBOTO JHA MOXKE 3MIiHIOBATHUCA 3aJIEXKHO BiJi IIOTOJHUX YMOB;
BiJl TOJIO}KE€HHA COHIA WIOAO PiBHA TOPM30HTY (IHIIMMU CJIOBAMU,
Bix vacy moOum) 3ajIeKUTh CIEKTPAJIbHUM CKJIaJ COHAYHUX IIPOMe-
miB. Kpim Toro, cBiTsoBi mepionu ueprymoThcsa 3 TEMHOBUMM, IPU-
YoMy Ha OiJIbIIiii YacTMHiI 3¢eMHOI MOBEPXHI CIIiBBifHOIIIEHHA TPUBA-
JIOCTi TUX NepiofiB 3MiHIOETHCA IPOTATOM POKY. lle 3ymMoOBUIO €BO-
JIIOIIAHUY PO3BUTOK y OGiJBINIOCTI HABEMHUX OPraHi3MiB CEHCOPHUX
CBIiTJIOBaJIEIKHUX CUCTEM, Uepe3d SAKi 3/IilICHIOEThCA TOHKA HAaCTPOWKa
(¢isiosmoriyHoi aKTMBHOCTI, a TAKOK ITPOIIECIiB POCTY Ta PO3BUTKY.
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CaiTsoperyiboBaHi MexaHi3MHU POCJHMH II€PEeBa’KHO 3aJIeKaTh
Bi mBOX JiamasoHiB CBITJIOBUX XBUJb, AKi BiAIIOBiZar0Th CHHBOMY
Ta YePBOHOMY cIieKTpaM. HuHi y pociuH BUABIEHO TPU POAUHU (o-
ToperenTopis. PiToxpoMu MOTIMHAIOTH UePBOHE CBiTJIO0, hoTOTpO-
MiHU — CHUHE, a CIEKTP MOTJIMHAHHA KPUINTOXPOMIB OXOILIIOE CUHE
i moBroxBuabOBY obJiacTh yabrpadiosery (UV-A). Takox posrisa-
IAaeTbCA MOMKJIUBICTD iCHYBaHHS PeIenTopiB yabTpadioseTy miama-
sony B (UV-B).

Bei doTopenentTopu pocauH € GiakamMu, AKi MalOTh XpPOMO-
¢dop — TPOCTETHYHY CBITJIONOTIMHAJIBLHY YaCTUHY. XPOMODOp yTPHU-
MY€ETHCA IMOJIIIENITUIHOI YaCTHHOIO pellenTopa ciaabKumu abo Ko-
BaJieHTHUMU 3B’ sa3KaMu. OCHOBHUII IPUHIUI (PYHKI[IOHYBaHHS (O-
TOPEIeNITOPIiB II0JIAraE B TOMY, IO V IPOIECi MOTJMHAHHS IIPOMe-
HiB IEeBHOTO CHEKTPY XPOMO(OPOM CTUMYJIIOE MOJIEKYIAPHUI Me-
XaHidM, SKUHA IPUBOAUTL A0 3HAUHUX 3MiH KoH(opMaIlii peremn-
topa. Ile BigOmBaeThCcA Ha aKTUBHOCTI (hoTOpEIenTOPiB, TOOTO Ha iX
3IaTHOCTi B3a€EMOMIATH i3 CUTHAJBLHUMU IIapTHEPAMU Ta CTUMYJIIO-
BaTH BHYTPiIIHBOKJITUHHUNA CUTHAJbHUNA MeXaHi3M.

Ta6auna 1. OcHOBHI XapaKTePUCTUKU POCIUHHUX (DOTOPEIENTOPiB

T'pyna Hdiama3onu Xpomodop
Penentopu UV-B UV-B HeBizoMO
. CUHiN,
doTorponinu max 450 Hu FMN
Kpunroxpomu UV-A/cunnit FAD
diToxpomu qe.I?,BOHHH’ . diToxpomobiain
IaJbHifl YyepBOHUM

2.3.1. UV-B peuentopu

Icuye GaraTo HempsaMHUX JOKAa3iB (DYHKI[IOHYBAaHHS y POCJUH Me-
xaHismiB, aki peryawmorbea UV-B miamasomom, miro SKOTO IIOB’d-
3YIOTH i3 IPUTHIUEHHAM IIOJOBKEHHS TiIIOKOTUJIS Ta TPAHCKPUIIIil
pany renie. Hapasi UV-B pemnenrtopu He imeHTudikoBaHi, omgHakx
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moKasaHo, mo cuemu@iuHi BigmoBigi ma UV-B He omocepeaxkoBy-
IOTBbCA BiOMUMMU CBITJIOBUME pelienTopaMu. KpiMm Toro, BUABJIEHO
KiJIbKa CUTHAJbHUX KOMIIOHEHTIiB, 3aJlyUyeHUX Yy BiAIIOBiAb Ha mIiio
UV-B. Cepen nux ULI3 i HY5. Koukperna ¢yukmia ULI3 ue Bi-
moMa. IMoBipHO, Iieii 0iJIOK MiCTUTBL reM, Ma€ calT 3B’ sI3yBaHHS
3 IialuJIraineposioM i JIOKasi3yeTbcsa B IMTOILIA3Mi Ta IIjaasma-
gemi. HY5 — me bZIP TpaHcKpunmiinuii gaxrTop.

2.3.2. ®oToTponiHn
BigkputTa Ta pyHKUiT

ITepmuii pororponin Oynmo imentudikoBano y 1997 porri.
Y pesyabraTi cKpuHiHry MyTaliit y pocaun Arabidopsis 6yB Bu-
saBaenuit myrtaut nphl (non phototropic hypocotyl), y sxoro rimo-
KOTUJIb He BUABJAB (oToTpomniuHol peakiii. ociimykeHHA mpo-
aykry rema NPH1 y pociamH AUKOro THUIY IOKasajau, IO OiJIOK
NPHI1 acomifioBanuii 3 miasMaTUYHOIO MeMOPAHOIO Ta CTiKO aBTO-
dochopunEThCI Y BiANOBiAbL Ha ONPOMiHEHHS CHHIM CBiTJIOM.
Byno 3pobieno mpumnyineHHs, mo NPHI1 Gepe yuacTs y periemirii
CUHBOT'O CBiTJIa U OIlOCEpPEeIKY€E KacKagHUU MeXaHidM, AKWN IIpu-
BOJIUTH IO PO3BUTKY (ororpomniunoi peakriii. Haitbinpmia uyran-
BiCTh POCJIMH CHOCTEPIraeThCsA IIPU ONPOMiHEHHI CUHIM cBiTJIOM
3 MakcumymoMm Osu3bko 450 mm. ITicas Toro, ax ¢yuxmii NPH1
OyJii TOYHO BCTAHOBJIEHi, Ileil 6islok OyB ImepeiiMeHOBaHUIT Ha (o-
torporuian 1 — photl. ITisuime y pocauu Arabidopsis 6yB Bumije-
Huit apyruit pororpomin phot2. O6uaBa perenTopu € BKpail BaK-
JUBUMU IJIA PEryJidllili TpPbOX OCHOBHUX (BDYHKIIil, AKi cIipsaMoOBaHi
Ha OITHUMi3aIiro mpoiecy (poToCUHTE3Y:

1) doroTpomism;

2) pyX XJIOPOILIACTiB;

3) BiZKpuUBaHHA IIPOIUXiB.

OBa dororponinu Arabidopsis cmerianisoBani Ha pisHUX iH-
TEHCUBHOCTSX CBIiTJIOBOTO BUIIPOMiHIOBaHHs: photl BakauBuii nyis
CHOPUHHATTA CBiTJIa HM3bKOI iHTeHcuBHOCTi, a phot2 — BucoKoi.
DyHKIT, SKi peryamoTbesa gBoMa (GOTOTPOIIiHAMU, YaCTKOBO IIepe-
KpUBAOThCA. PAn QyHKIINA CTUMYJIIOETHCA TiJIBKU OTHUM 3 (DOTO-
TpomiHiB, a mesaki — oboma, mpuuomy photl- i phot2-zamexui
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peakiiii MOKYTh MATHU HPOTUJIEKHY CHPSAMOBaHicTh. BimMmimuocTi
CBiTJIO3aJIe;KHUX peakIliii, peryJbOBaHUX ABOMa (POTOTpOHiHAMHU,
OesmocepenHbO MOB’A3aHi 3 iHTEHCUBHICTIO CBiTJIa, IO COpHUIIMa-
erbeda. OOuaBa PeEIEnTOPH PEryJoioTh (POTOTPOMiI3M y BiATOBiAbL
Ha JaTepajbHy [Oil0 CUHLOTO CBiTJIa BMCOKOI iHTEHCHBHOCTi, a IIpu
HU3bKil iHTEeHCHBHOCTI cBiT/ia (DOTOTpOIIiUHA peaKIlid oIlocepe-
KOBYETbCA TiJbKH photl. ¥V mepimomy BHUIIaAKY PO3BUBAETLCS He-
ratTuBHUMN GoroTponidM (YHUKHEHHSA CBiTJa), Yy APYrOoMy — IIO3U-
TUBHUN. BifkpuUBaHHA MPOAUXiB KOHTPOJIOETHCA 000oMa (OTOTPO-
miHaM¥ PiBHOIO Mipoi0 HIpU Pi3HUX IHTEHCHUBHOCTAX CBiTJIA.

Perynania pyxy xiaopomiactiB (oToTpomiHaMu 34iHCHIOETHCS
pisHOCIpsiMOBaHO. 3a HM3bKOI iHTEHCHBHOCTI CBiTJIa, 3a SKOI aK-
TuByeTbcs photl, xjopomiacTu PoO3TAIIOBYIOTHCS HA OCBIiTIIEHOMY
0oIli KJIiTHH. Y TaKOMY IIOJIOKEHHI XJOPOIIJIaCTH HAWNMEHIIIOI Mi-
POIO 3aTiHAIOTH OJWH OJHOTO, i TOMY IIOTJIMHAHHS CBIiTJIOBOI eHeprii
CTa€ MaKCHUMaJbHUM. IIpu BHMCOKOMY CTyIeHi cOHAUYHOI ippamiaii
aKTUBYEThCA phot2, uepes AKMIT PO3SBUBAETLCA PEAKIliAd VHUKHEHHS
CBiTJIa — XJIOPOILJIACTH PEeJOKAJIi3yIoTCA M0 OOKiB KJITHH, IO PO3-
TalroBaHi B3MOBYK HAMPAMKY CBiTJIOBUX mpomeHiB. Ile cmpuse mi-
Himisarii moramHaHHA CBiT/IOBOI eHeprii i 3HMIKEHHIO (POTOYIIIKO-
IKeHHSI XJIOPOILIACTIB.

Ho yuikampHUX BiactuBocTeil photl HalexaTh rajJbMyBaHHS
POCTY PO3TATYBAHHAM TilIOKOTUJA €TiOJhOBAHUX IIPOPOCTKIB IIpu
il cBiTiia Oyab-AKOI iHTEHCHMBHOCTI Ta ydacThb y aecTabimizarii cme-
mudivHEUX AXEPHUX i XJOPOILIACTHUX TPAHCKPUNTIB y BinmoBins
Ha BHUCOKHI CTYIIiHBL ippalfiaiii cuHbOro cBiTJIA.

CTpyKTypa

dororponinu Hasexarh 00 migpoauuau ACG-VIIIb pogunu KiHas
ACG, saxa ob6itimae cAMP-3anesxxui xinasu, cGMP-3ane:xui Kinasu
G i dochorimig-zanexui Kinasu. Y MosieKyai poToTpomiHiB BuAiNA-
I0OTh aMiHOTepMiHaAJIBLHUIN (POTOCEHCOPHUIT i KapOOKCUTEpMiHAIBLHUH
CepuH-TPeOoHiHOBUH KiHasHuil momeH (puc. 21). o ckiany ¢oTo-
ceHCOpHOI uacTuHU GOTOTPOHiHiB BX0oAATh ABa cxoki LOV (Light,
Oxygen, Voltage) nomeru — LOV1 i LOV2. Homenu ponunu LOV
aKTUBYIOTHCA 30BHIIIHIMU BOJIWBAMU, TAKUMHU SK CBiTJI0, KU-
ceHb i Hampyra (8Bigcu abpeBiaTypa), i BUABIAIOTBCA y 6araTbox
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peryasaTopHux OiIKiB, II0 BUKOHYIOTH pelenTopHi pyrkmii. LOV1
i LOV2 3B’asyrors FMN (dpaaBinMOHOHYKJIEOTH]) i QYHKIIIOHYIOTH
K CEHCOPHU CHHBOTO cBiTyia. HesBaskaroum Ha 3HAUHY CXOXKiCTb, J0-
meru LOV1 i LOV2 BukouyiorTs pisui ¢yukriii. Iaa peryasarii 6io-
JIOTiUHOI aKTHUBHOCTI (DOTOTPONiIHY IIPUHIIMIOBO BAMKJIUBUM € JOMEH
LOV2. Came BiH CJAYKHUTH CBIiTJIOBUM II€epeMHKaUeM, AKHUI KOHTPO-
awe akTuBHicTh C-TrepmiHambHOrO qoMeHy. 3HaueHHa LOV1-gomeny
OCTaTOUYHO He 3’SCOBaHO, aJjie IepeadavaeTbCcs, 10 BiH Oepe ydJacTb
y auMepusailii GoToTpoIriniB i cupuse miaTpuMIi QyHKIIiOHAJIBHO
aKTUBHOI CTPYKTYpuU (poToperemnTopa.

N C
phot1 | |LOV1| |LOV2| |—| | KiHa3HUIA JoMeH ||
(Hu3bKa FMN FMN
iHTEHCUBHICTb CBiTNA)
phot2 | |LOV1| |LOV2| |—| | KiHa3HWU JoMeH ||
(Bucoka FMN FMN

iHTeHCUBHICTb CBiTNa)

Puc. 21. Crpykrypa (ororponinis (3a Chen et al., 2004)

YV rempsasi LOV-gomenn HexkoBaseHTHO 3B’sa3yiorb FMN. Ilpu
IbOMY XPOMO(MOPH MIiITHO YTPUMYOTHCA y cTPyKTypi LOV-mome-
HiB 3a paxXyHOK BOJHEBUX 3B’A3KiB i BaH-Iep-BaaJbCOBUX B3a€MO-
Iili, AKi yTBOPIOIOTHCA 3 OAMHAAISATHMA KOHCEPBATUBHUMU aMiHO-
KHCJIOTHUMU 3aJUIIKaMu. ¥ IbOMY CTaHi KiHasHWII HOMEH acoIlli-
MoBaHUU 3 (POTOCEHCOPHUM, TOOTO MOJIeKyJa (OTOTPOMIiIHY 3HAXO-
IUTBhCSA Y CKJIQAEHOMY CTaHi, i KiHasHUI JOMeH He MOKe BUSBJIATU
CBO1 BJIACTUBOCTi, OCKIiJIbKM He Ma€ JocTymy mo cyocrpary. Taxy
KoH(popMaIlito Ha3WBalOTh 3aKPUTOI0. ¥ HEAKTUBHOMY CTaHi MoJie-
KyJuau (OTOTPOIiHY 3B’dA3aHi 3 IMJIA3MATHUYHOI MeMOpPAHOIO.

CBiTnoBa akTuBaLia

Binoxpemuenuii Bix perentopa LOV-gomeH y TeMpsaABi Mae MaK-
cumyMm norinHanHa 447 am (LOV,,;). OnpomineHHa crHiM cBiT/IOM
cTuMyJi0€e OTOXIMiUHY peakIlito, B pesysbTaTi AK0I 30ysKeHa XPo-
ModopHa rpyna yTBOPIOE KOBAJIEHTHUHN 3B’A30K 3 KOHCEPBATUBHUM
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daymuirkoM 1ucreiny. YrBopoersea LOV,,, 3 MaKCHMyMOM IIOTJINI-
HanHg 390 HM. POTOKOHBEpPCiA 3MIMCHIOETHCA MPOTATOM KiJIbKOX
MiKkpocexkyHz. IlepembauaeTbes, IO IMMOYATKOBUUN 30yI:KeHUII CUH-
rJIeTHUHR cTaH XxpoModopa KOPOTKOUYACHO II€PETBOPIOETHCS y TPU-
mietHy ¢opmy LOVg, i3 MakcuMyMOM HOTJIMHAHHS B YE€PBOHIMY
nmiamaszoni (LOV,,; > LOVg, > LOV,y,). 3BopoTHUH mepexin y He-
aktuBHUi crad (LOV,,, —» LOV,,,) BinOyBaeTbCca CIOHTAHHO B TeM-
PSBi MPOTATOM Bif OEKiJIbKOX MECATKIB M0 AeKiJIbKOX COTeHb ce-
KyHuna. PeBepcia y BUXigHMii HeaKTHUBHHUI CTaH MOKe CTHUMYJIIOBa-
TucA npu onpominenHi LOV,,, yabrpadiomerom. Hu mae meit mpo-
mec UV-cTumyaboBaHOI KOHBepcii Oiosoriune smaueHHSA, 3apas He-
Bimomo.

B imTakTHHX MoOJIeKyJax (pOTOTPOMiHY IOTJIMHAHHSA CHUHBOTO
CBiTJIa TAKOXX NMPUBOAUTH IO IIE€PBICHOr0O 30yAKEHOTr0 CTaHy Ta KO-
POTKOYACHOTO YTBOPEHHS KOBaJIEHTHOro 3B aA3Ky Mixk FMN Ta iH-
BapiauTHuM 3aauintkoMm 1ucreiny LOV-gomeny. Ili moxii mpoBoKy-
IOTh iCTOTHI CTPYKTYpPHI mepedyaoBu (POTOTPOIIHY: MOJIEKyJa PO3-
KpPUBAEThCA — KiHA3HUUN Ta (POTOCEHCOPHUX AOMEHHU AUCOIIiIOIOTH,
IO JTO3BOJISE PEIeNTOPy BUKOHYBaTH KiHasdHi QyHKIil (puc. 22).
OpHouacHO 3 UM (POTOTPOIIIH BTpavae 3B A30K 3 MeMOpPaHOIO Ta BU-
BIIBHAETHCA Y MUTOILIA3My. IloBepHEeHHSA (POTOTPOIIIHY B HEAKTUB-
HUH CTaH € BiJHOCHO IMOBiIbHUM IIpoilecoM. ToOTO, aKTUBHUI CTAaH
€ IOCUTH CTAOiIBPHMUM i Mae TpuBaAJHUU Uac iCHyBaHHS.

peakuioHnin | | | | |
LEHTP 3aKpUTUN

cybcTpat X'| | |

KopoTkouacHe KoBaneHTHe
3B'A3yBaHHA Xxpomodopa (FMN)
3 6inkom yepes Cis

CUHE CBITNO

(450 Hw) TEeMHOTa

peakuioHni
LeHTP JOCTYNHUIA
ana cybctpaty

cybeTpat

Puc. 22. Mexanism axktusarii ¢gororpominy (3a Chen et al., 2004)
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B o060x ¢dororpominax LOV2-gomenu 6inbin eeKTUBHO mimma-
IOThCA CBiTJIOBaJIe}KHilT KOoHBepcii, mopiBusauo 3 LOVI1.

®dochopumoBanna. [logioHo m0 JiraHA-3B’A3yIOUYUX PEIETTOP-
HUX KiHas, (pOTOTPOMmiHUM iHTEePMOJIEKYJIAPHO aBTO(OCHOPUIIO-
I0TbCA. AKTUBAIlisg (DOTOTPOIIIHIB CTUMYJIIOE YTBOPEHHA TOMOIMIME-
piB, Yy cKJIami AKMUX PelernTopu IomapHo (ochopuIioioTh OSUH Of-
HOro 3a cuelnudiuHUMU 3aJUIIKAMU cepuHy. POoTOTPOmiHM MalOTh
Oararo caiTiB ¢ocopuIIOBAHHSA, 1 JIUIIEe YaCTHHA IX BUKOPUCTOBY-
€ThCsA IJIA TPAHCAYKIII cBiTJIOBOTO curHaJy. [HIm caiitTu HeoOximmHi
IJIis peryadmnii akTHBHOCTI Ta UYTJIMBOCTI pelenTopa OO CBiTia.

BuspiieHo BiciM cepmHOBUX 3aJUINKiB B aMiHOTepMiHaJIbHiN Ua-
cruHi gororpouiny photl, siki € caiiramu dochopuatoBanusa. [Isa
3 HuX 3HaxomATbeA 0iaa LOV1-momeny 3 6oky N-Kinma (cepun-27,
cepun-30), a pemra — wmik gomenamu LOV1 i LOV2 (cepun-274,
cepun-300, cepun-317, cepun-325, cepun-332, cepun-349). ABro-
dochopunioBaHHA (POTOTPOIIHIB 32 KOHKPETHNMU caliTaMu Big0OyBa-
€ThCA 3aJIE’KHO Bi iHTeHCHMBHOCTI ocBiT/ieHHA. Hampukian, cepuHu
y moaoxkenuax 27, 30, 274 i 300 ¢ochopunooTheAa 3a HU3LKOI iH-
TEHCUBHOCTI CUHBOT'O CBiTJIa, TOMAi AK iHIII YOTHPU — 3a cepegHbOIL
i Bucokoi inTencuBHOCTi. [Iudepeniitine gochopuroBaHHsa OB’ A-
3aHO 3 OCOOJIMBOCTAMMU peryJsilii ¢orTorpomiHiB i (oToTpomin-za-
JexXHuX Bimmosimeit. Tak, gochopumaroBanus photl B ymoBax cia0-
Kol Ta cepegHBOI OCBiTJIeHOCTi cnpusie (POPMYyBAHHIO MOBEPXHi MO-
JeKyJIn, sKa HeoOXigHa /s B3a€EMOil 3 HayHCTPUM IIapTHEPaMH.
dochopuioBaHHsa, CTUMYJbOBAHE CHUHIM CBiTJIOM BHCOKOI iHTeH-
CHUBHOCTi, HABIIAKU, IIePePUBAE€ MOKJIMBICTh IIepegaui CUTHAIY BifI
rimepdochopunroBanoi popmu photl. Ile mocurs BaKIMBO A pe-
ryadamii Tux mporeciB, B axux photl i phot2 BucrymaroTs aHTa-
roHicTamMu, HAIPUKJIAL PYyX XJOPOILIACTIB B yMOBaX pPi3HOI ocCBiT-
aenocti. Kpim Toro, ocobiuBocTi ochopunioBanHsa (POTOPEIEITO-
PiB MOXKYTh BHU3HAUATH clenudiuamii Habip curHaapbHUX O0iIKiB,
3 AKUMU OyAyTh B3aEMOMiATH (POTOTPOMiHU.

Jokamizanisg. @ororpomiau photl i phot2 e rigpodinmsEuMET
OimkaMu, IpoTe B HEAKTUBHOMY CTaHi BOHM NHOB’fA3aHi 3 mIasma-
TUYHOI0O MeMOpaHoio uepes maasmaaeMHui Oinku. IIig miero cumHBOTO
cBiTyIa JIOKaIizalia (hOTOTPOMIiHIB IIBUAKO 3MiHIOETHCA: photl BU-
BiIbHsSIETHCA Yy IUTOILIA3My, a phot2 mepeposmogiigeTsesa mo ama-
pary Toapmxki. @yHKI[iOHATRHA 3HAUYMMICTL I[HOTO IIPOIECY IIfe He
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3’sacosana. Ongmak Bimomo, 110 I JokaJisamii phot2 ma memoOpa-
Hax amapata ['oJbaiKi icTOTHY BasK/IMBiCTh Ma€ KiHasHa aKTHUBHICTS.
Ilepemaua curmamy. Ceitsozanexxnue (ochopurtoBaHHSI € HEOO-
XigHuUM a8 POpMyBaHHS HOBEpPXHi 3B’A3yBaHH:A, uepesd AKY (¢o-
TOTPOIIIHM B3AEMOIIIOTH i3 CUTHAJBbHUMMU IIOCEPeTHUKAMU. AKTUB-
HUN (GOTOTPOMIH 3maTeH 3B’SA3YBATHCS 3 Pi3HUMU PEryaATOPHUMU
KOMIIOHEHTaMU, dYepesd AKi 3AiNCHIOEThCA PEryadlisd KOHKPEeTHUX
dororpomiH-sanekHuX peakiriti. KaramiTuuna (kiHasHa) aKTUBHICTH
¢oToTpOIiHIB 3a0e3meuye He TiIbKKM TPAHCMOJIEKYJISIpHE aBTodocdo-
PUIIOBAHHS, ajie MOKe OyTH CIIPAMOBAaHA TAKOYK HA MOJIEKYJIU CHUT-
HaJIbHUX IapTHepiB. Hampukiaazn, y peaxiiii BiIKpHUBaHHA IPOAUXiB
3mificHIoeEThCA (ochopunaoBanua maasMmasemuoir H-AT®asu do-
ToTpoIrinamMu. Bzaemonaia ¢poTopelenTopiB 3 IPOTOHHUMU IIOMIIAMH
3HAUYHOIO MipOI0 IIOJIETIIyEThCA peryaaropuumMu 14-3-3-0iaxkamu.

2.3.3. Kpuntoxpomu
DOyHKuiT

Kpunroxpomu cmouatky Oyau BuaBjeHi y Arabidopsis, aie
3rogoM OyJau 3HaleHi B iHIIMX POCJMWH, a TAKOYK Yy TBApWH i 0ax-
Tepiti. KpunroxpoMu € HMIMPOKO IOMIUPEHUMHU (DOTOPEIeNToOpaMu
B IIpuUpofi. ¥ IpeACTaBHUKIB PiBHMX TAKCOHOMIUHUX I'DYI, €BOJIIO-
MifiHO BigmajeHUX OAUH BiJi OTHOTO, KPUOTOXPOMU BUKOHYIOTH II0-
nioui Qyukiii. Hafibinsin yHiBepcaJabHOIO (DYHKIII€IO ITUX pPellell-
TOPiB € peryndaiia nupkagHmx putmiB. Ileit mexaHisM Mae ngysxe
ITaBHE TOXOIKEHHA Ta B 3arajJibHUX pHCAaX MOAIOHUU y pisHUX
apCTB A0 CBITY KMBOI IIPUPOIU.

KpiM KOHTPOJIIO MUPKAAHUX OCIMJIAIIH, KPUITOXPOMU BUKOHY-
I0Th TaKoK (ByHKIIil, XapaKTepHi TiJbKU AJA pocauH. BoHu ormo-
CePeJKOBYIOTh IIPOIECU AEeTUOJIAIIl Ta 0epyTh y4acThb y PeryJisd-
il ¢oromepioguuHo 3anmexHUX (GIOpaJLHUX MexaHidmiB. Bararto
IPOIeCiB PeryJII0ThCA KPUITOXPOMaMM pasoM 3 (iToxpomamu.

Y pocaunax Arabidopsis BusiBIeHo Tpu Kpumnrtoxpomu (crypto-
chrome — cryl, cry2 i cry3). [Ipa 3 Hux (cryl i cry2) maioTs Bu-
COKMU CTYIIiHBb TOMOJIOTiI i BUKOHYIOTH HOAiIOHI (PYyHKIIII, omqHAK
cryl BimmoBimae 3a CcOpUHHATTA CUHBOIO CBiTJIa BUCOKOI iHTEH-
CUBHOCTiI, a cry2 — HHU3bKOi. PYHKI] IIUX peremnTopiB 4acTKOBO
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IePEeKPUBAIOTHCA B Peryadilii geetrodsilii. IcToTHe peMomy IroBaHHS
eKcIpecii BeJIMKOI Ipynu TeHiB IIPU BUXO/i HMPOPOCTKiIB HA CBIiTJIO
KOHTPOJIIOETHCA MIEePEeBaAKHO KpunrToxpomMamu cryl i cry2 3i smaumno
MEHIINM BHeCKOM (Qitoxpomy A. BaXJIuBUM peryasaTOPHUM MO-
MEHTOM B YIIOBiJIbHEHHi 3pOCTaHHSA TiIIOKOTUJIA IIPU AEeTHUOJIAIil
€ B3HIKeHHA PiBHA ribdeperniHiB i ayKCHHIB, a TAaKOK 3HUMKEHHSI
YYTJIUBOCTI TKAHUH IO IUX TOPMOHIB.

YV perynamii nBitiaaa cry2 mae mabarato 6iibIlle 3HAUeHHS,
Hix cryl. ByJo moxasaHo, 110 KPUITOXPOMU 0e3II0ocepeqHbO 3aJIy-
YalTLCS OO0 CBiTJIO3aesKHOI cTabisizallii TpaHCKPUIIIIAHOTO aKTH-
BaTopa (uopanpaux reniB CO (CONSTANCE).

Kpunroxpom cry3 3HauHO Bipi3HAETHCA 3a CTPYKTYPOIO Bif
cryl i cry2. ®@yHKIii fioro moci He 3’scoBani.

CTpyKTypa Ta MexaHi3m akTuBaLuii

Crpykrypa. 3a 0COOMBOCTAMU MOJIEKYJIAPHOI OyIOBU Ta PALY
BJIACTUBOCTEHM Kpunroxpomu ny:ke 0amsbki go [THK-dorosrias, ae
He BuABIAOTL [THK-doromiazaoi akTusHocTi. [JTHK-dhoTomiazu —
e depMeHTH, AKi OepyTh yuacTh y BigHoBaeHui [THK, momkos-
sxenol UV-B BunpominoBanuam. Kpunroxpomu ta JHK-doTomxiasu
MOTJINHAIOTh CUHE CBiTJIO ¥ yabTpadioser miamasomy UV-A. Kpim
YJIOBJIIOBaHHS CBiTJIa, KPUIITOXPOMU MAIOTh BJIACTUBOCTI CEepPUH,/Tpe-
OHiHOBUX KiHas, AKi 3maTHiI 70 aBTO(OCHOPUIIIOBAHHA.

AmiHOTepMiHANBbHA YacTHHA MOJEKYJU KPUITOXPOMiB cryl
i cry2, doromiasa-romosaoriunuii paiion — PHR (photolyase ho-
mology region) — moB’sa3ye HekoBasieHTHO FAD, aAKuii BUKOHYE
(PYHKIIii OCHOBHOTO CBiTJIOBJIOBJIIOIOUOTO XpPOMO(dopa, a TAKOXK ITe-
puH (a6o measacdiaBiH) — BTOPUHHUI CBiTJI030MpaJbLHUIN XPOMO-
dop. 3aBAAKU HAABHOCTI ABOX XPOMOMOPHUX TPy giamasoH IIO-
TJINHAHHA KPUITOXPOMIB 0XOILTIOE 00sacTi cuaboro i UV-A cBitia.
KapboxkcurepminanbHa YacTHHA KPUNTOXPOMIB cryl i cry2 6inbimnoro
Mmipoio BapiabenbHa, Hixk PHR-gomen, i mictuts DAS-motusBu. Oc-
HOBY MOJIEKYJIM KPUIITOXPOMa Cry3 Takok craHoBuTh PHR-momewn,
mpoTe cry3 He Mae KapOOKCUTEPMiHAJHLHOTO PO3UINPEHHSA, XapakK-
TepHOTO A cryl i cry2, a 3 N-CTOPOHM MOJIEKYJIU 3HAXOAUTHCA
Koporkuit curHanpuauil mentun (TP — transient peptide), mo Bu-
3HAUa€ XJIOPOIJIACTHY 1 MiTOXOHIpiaJbHY JOKAaJIi3allilo perenTopa.
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Mexanism aktuBanii. Ha ocuoBi [[HK-doTosmiasnoi peakiii 6ys
3aIIPONOHOBAHNII MeXaHi3dM aKTHBAIlil KpUOToXpoMma, SIKHU 3ara-
JoM OyB HiaTBepAsKeHHil. ¥ pes3yabTaTi MOTJIMHAHHA CBiTJIa Xpo-
MoopHUMU TpynamMu MmoJjeKyaa FAD mepexomuTs y 30ya:KeHUI
cTaH — BHUWIKYETHCA Ii OKMCIIOBAaIbHO-BimHOBHUY moTeHItiax (FAD
OesmocepegHLO IMOTJIMHAE KBAHT CBiTJIa abo0 IpuiiMae eHepriimo Bifx
30ym:keHoro mrepuny). ¥ peayiabrari sHuikenHa OBII FAD srpa-
Yyae eJeKTPOH, SKUU IepeHOCHUThCS Ha OiJIKOBY UacTUHY (doTope-
IenTopa uepes 3aJuIlnoK TpunrtodaHy Ha TupoduH. I[la moxisa cy-
IPOBOMKYETHCS 3MIIIEHHAM €JeKTPOHHOI IiJBHOCTi, IO COPUYN-
HsAe KoH(opMAaIlifiHi 3MiHM MOJEKyJH KPHUITOXpoMa. 3MiHa KOH-
dopMmariii cupuse cTUMYJIAIil KiHa3HOI aKTUBHOCTI, AKa IIPUBOIUTDH
mo aBTodochopuaioBaHHA 0araTbox cauTiB xpuntoxpoma. Pocdo-
PUIBLOBAaHUUN KPUIITOXPOM iHTiOye aKTHUBHICTH YOiIKBiTHMHYIOUOI IpO-
reinoBoi sirasu COP1 (puc. 23).

Cruixg sayBasKuUTH, IO PETyJIATOPHI MeXaHi3MH KPHUITOXPOMiB
Ta (PiTOXPOMiIB UACTKOBO IIepPeKpPUBAIOTHCA. YOiIKBiTHMHYIOUA JIi-
raza COP1 e mimmenHo 000X rpym (oToperentopiB, Tomy 6ararto

: CUHE CBiTNO
TPAHCKPUNUiNHNIA TeMHOTa ,

¢aKTop

<-)<--

L e

COP1 (E3) COP1 (E3)_
AKTUBHUN HeakTUBHNN

CBIT/I03aN1€KHUI reH CBITNO3aNIeXHUN reH
HeaKTUBHUN AKTUBHUI

Puc. 23. YuacTh KpuUnToxpoMmiB y MexaHiami akTuBamii cBiTIIOperysinoBa-
HUX TeHiB
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CBiTJIO3aJIe:KHUX T'eHiB 3HAXOAATHCA IIiJ CIIJBHUM KOHTPOJEM pe-
IeIITOPiB UEPBOHOTO Ta CUHBLOTO cBiTyia. CBiT/I03a/I€:KHA merpaja-
Iia OiJIKiB JIEKUTH B OCHOBi PeryiaATOPHUX MeXaHi3MiB, KOHTPO-
JIbOBAHUX KpUIITOXpoMaMu Ta (piToxpomamu.

Y Tempssi adiraza COP1 y0ikBiTHHYe TpaHCKPUMOIiNHI akTHBa-
TOPU CBITJIOpEryJiboBaHUX I'eHiB. BaraTo 3 mux rexiB 0epyTh y4acThb
y mpoliecax aeeTmoJianii, Hanpuriaan bZIP-6imox HY5 i iioro ro-
mosor HYH (HY5 Homologue). 1o I03UTUBHUX PEryJasiTOPiB CBiT-
JIOBOTO CUTHAJY, IKi PYHHYIOTBCA B TeMpPABi yOiKBiTHH-3aIeKHUIM
cmocobom, masmexuthb Takoxx bHLH-6imox HFR1 (long Hypocotyl
in Far-Red 1). B ymoBax ocBiT/IeHHs BHACJiJJOK CBiTJIO3aJI€KHOTO
dochopunioBanaa Kpunroxpoma aktuBHicTs COP1 pempecyernces,
a eKcIpecis CBiT/IOperyJIbOBaHUX T'eHiB, HABIIAKU, CTUMYJIIOETHCS.

2.3.4. Oitoxpomum
PisHOMaHIiTHicTb i 3HaueHHA ¢iToXpoMmiB

diToxpoMu € pernenTopaMyd UEePBOHOTO/IAJIEKOT0 YePBOHOTO
ceitia. Ile mumepHi 6inKM, IO CKJIagalOThCA, 3a3BUUYAM, 3 ABOX
imrenTuuHux amomporeiniB. KoixeH 3 MOHOMEpPiB KOBaJeHTHO 3B’f-
3aHUH 3 QiToXpoMOOiTiHOM — JTiHIAHUM TeTpamipposioM, AKUM BU-
KoHye (QyHKII XxpoMmodopa. CHUHTETUYHUM IIOIIePeTHUKOM (iTOXpPo-
MoOisiHa € reM (3aMKHYTHH TeTpamippos), Kijablle SKOT0 PO3MUKA-
eThbcA Ipu BOYZOBYBaHHI xpomModopa B amompoTein perentopa. Ilpu
abcopoO1rii uepBororo (660 um) i mamexoro uepBouoro (730 HM)
cBiTsIa XpomMo(dop migmaeTbess 000POTHIT oToizomepusarrii, 3a AKoi
Kinmbie D posropraersea Ha 180° miomo moasitinoro 3B’ aA3Ky y C-15
(puc. 24). Buxigua dopma diToxpomMy MicTuTs XpoModop
y C15-Z,anti xoudopmarii, ska sgaTHa MOTJIMHATUA YePBOHE CBiTJIO.
Tarka dopma diToxpomy BBakaeThbcA (PidioyIOriuHO HEaAKTUBHOIO.
Ilinx nmiero KBaHTa YepBOHOIO CBiTiIa XpomModOp IEepeXOgUTh
y Cl15-E,anti koudopmaniro. [lana GpOoTOKOHBepCisa NPUBOLUTH
0 YTBOPEHHA aKTUBHOI dopMu hiToXpoMy, AKa 3qaTHA HOTIUHATHI
TaJibHe uepBOHE CBiTJIO, mix Aielo AKoro xpomModop 3HOBY HabyBae
C15-Z,anti xoudopmairii, a ¢piToxpom, BiAMOBigHO, IMEPEXOIUTH
y HeaKTuBHY (opmy. PiToxpomu mos3HauamoTh OykBoio P (Bim anr..
phytochrome), a B HU;KHBOMY iHZEKCi BKa3yOTb CIEKTD IIOTJIH-
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HaHHS B nmudpoBoMy abo OykBeHOMY BUIIAAL. HeaKTuBHy (Gopmy
diroxpomy mosnauaiors P, abo P, TOMYy 110 BOoHA moriImHAaE uep-
pouwuii (red) cBityio ¢ makcumymom 660 HM, a akTuBHy — P, abo
P,3, (Bimmosimuo, far red i 730 um). ¥ pocificbkoMoBHii JiTepa-
TYypi Takoyk NpuUAHATI no3HaueHHA D, abo D, nIa HeaKTUBHOIL
opmu ditoxpomy Ta @, ab6o Py, AJIA aKTHUBHOIL.

diroxpomu cuHTE3yIOThbCS de Novo B HeaKTuBHiN dopmi P,.
doroiuBepcitinuit mepexin P, —» P, MoXJIuMBUI TiNbKU Tif miero
cBiTsia. 3BopoTHUiT mepexin P, — P, moike 3milicHIOBaTHCA HE TiJMBKU
Oif Ji€ro JajIeKoro YepBOHOTO CBiTJIa, aje i CIOHTAHHO B TEMPSBi.

dDoToKOHBEPCisZ XpOoMOQPOPHOI Ipynu HPUBOLUTL OO0 iCTOTHOI
3MiHu KoH(opMmarii ¢giToxpomy, 10 BigOuBaeThCca Ha KiHasHiil ak-
TUBHOCTI perernropa. PiToxpomMu 3maTHI 4O TPAaHCMOJEKYJISIPHOTO
aBTOo(pochopuaroBaHHA Ta (ochOopUTIOBAHHSA IHIIUX CyOCTpaTiB.
Ilnaxom pochopuiroBaHHS PEryIIEThCA TAKOXK CTAOiLIbHICTE (hiTO-
xpoMmiB. 3miHa piBHS GochopuaroBaHHA PiTOXPOMIiB POOUTH MOMKJIIN-
BOIO iXHIO B3aEMOJII0 3 iHIIIUMU PETyJISATOPHUMU Ta (PYHKI[IOHATE-
HUMHK MoOJIeKyJaamMu. Moayasilis aKTHBHOCTI CUTHAJBHUX IIapTHe-
pPiB (iToxpoMOM cJiL POIrIAAZATH SAK IEPIIUN KPOK NeKOTYBaHHS
CBITJIOBOT'O CUTHAJY, IOTJIMHEHOTO I[UM PEeIeITOPOM.

660 HM

—_—_—-
-
730 HMm,
TEMHOBa peBepcis

Binok-Cys

'

+
o
T

357

C15-Z, anti C15-E, anti

HeaKTUBHa aKTMBHa

e () gul®
Oy

dopma
diToxpomy, diToxpomy,
P (Pecd P (Prso)

660’

Puc. 24. Izsomepusaris diroxpomobininy Ta smina xoudopmaiiii ¢iToxpo-
My mig miero csitia (sa Bae, Choi, 2008, 3i sminamm)
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diToxpoMu KOAYIOTHCA HEeBEJINKOI poauHoio rexis PHY. V re-
HOMi POCJHWH KOAYIOThCA AEKiJbKa pisHuMxX (iToxpomiB (3asBuuaii,
y KiZbKOCTi He MeHIIle TPhOX). ¥ MozeabHOoro Bumy Arabidopsis, ma-
npukJjaan, ix m’are: PHYA, PHYB, PHYC, PHYD, PHYE. ¥V cocuu
yotupu (piToxXpomMu, y pHUCy Ta T'iHKIO — TpPHU, a ¥ TOMATy — CiM.
PisHi popMu (piTtoxpomis y 0gHOTO BUAY POCJIUHU MAaIOTh Pi3Hi Mo-
JIeKYJISIPHI BJIACTUBOCTI Ta (PYHKIIII, K1 YaCTKOBO IIEPEKPUBAIOTHCH.
Haii6inbImi cTpyKTypHO-QYHKI[IOHAIBHI BiIMiHHOCTI BUABISIOTHCS
MiK QoTosabimbauMu Ta (GoTrocTabiibHUMEU (iToxpomamu. PoTo-
cTabispHiI (piToxpomMu 3maTHi 0 000poTHOI (PoTOKOHBEPCii, TOOTO
OiJ BIJINBOM YEePBOHOIO Ta OAJIEKOT0 UEePBOHOTO CBiTJIa IIepexo-
IATH BiANOBIZHO B aKTUBHY Ta HeaKTHUBHY dopwmy. Ilas dorona-
OinmpHUX (hiTOXpOMiB 000pOTHA (POTOKOHBEPCiA He XapaKTepHa. AK-
TuBHA (opMa GoTosabiabHUX (GiTOXPOMIB Mae HeTPUBAJIUNA IIepiof
icHyBaHHA Ta IIiJ Ai€l0 cBiT/Ja IIBUAKO pyHHyeThcsa. Hesale:xHO
Bix KinbKocCTi BuAiB (piToxpoMmiB, 3a3zBuUUail, OOUH 3 HUX € (poToja-
OinpHuMM, a perrra (orocradbinpbuumu. Tak y Arabidopsis ¢oroia-
oinpauM (hiToxpomom € PHYA, a pemra ¢doropenenntopiB (PHYB,
PHYC, PHYD, PHYE) — doTocTabinbui diToxpomomu.
PospisasaTs Tpu rpynu (GiToXpoMm-s3aje;KHUX BiAHOBigeill Bij-
MOBiAHO M0 iHTeHCHWBHOCTI ippasgiarii, AKa cImpuiiMaeTbcA i CIpu-
yuHsE clelnudiuHy peaxilito POCJINHN:
1) VLFR (very low fluence response) — BiamoBiap Ha my:xe
HU3LKUU piBeHb ippapmiairii;
2) LFR (low fluence response) — BigmoBigp Ha HUBBKUI pi-
BeHb ippajiarii;
3) HIR (high irradiance response) — BiATOBib HA BUCOKUIA
piBeHBb ippamiarii.
doromabinbumii piToxpom A (PHYA) Bignmosizae Ha nyske HU3b-
Kui piBeHb ippagiamii (VLFR) i Ha BuCOKU# piBeHb iHT€HCUBHOCTI
nanexoro uepBoHoro cBitia (FR-HIR). @otocrabinbHi diToxpomu
(PHYB, PHYC, PHYD, PHYE) omocepenkoByioTh cuernudiuni Bim-
moBixi mpwm BmmBi cBiTsia HU3BKOro piBHA ippaaiamii (LFR) i Bu-
coKoro piBHA imTeHcumBHOCTI uepBoHOTO (R-HIR).
diToxpom-3asierkHi peakxilil pocJIMH BeJbMHU Pi3HOMAHITHI Ta
CKJIaIHi, ajle IpU IILOMY MOKHA BUILJIUTHA TPU OCHOBHI rpynu pe-
aKIiii, AKi po3BUBAIOTHLCA IIiJ BIJINBOM CBiTJIa IIEBHOTO CIEKTPY
Ta iHTEeHCUBHOCTI:
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1) momyk cBiTiia — 3abe3nmeuyeTbesa GoTosrabiabHUM (hiTOXPO-
mom (VLFR i FR-HIR);
2) omTuMaJdbHE BUKOPUCTAHHS cBiTiia — dorocTabinbHi (iTo-
xpomu (LFR);
3) YHUKHEHHA cBiTia — @orocrabdinbui ditoxpomu (R-HIR).
ditoxpomu 6epyTh yUacTh y (POTOMEPiOAUUYHUX PeaKIlifx, 3a I0-
IOMOT0I0 AKUX PEeryJreTbca 6e37iu MopdoreHEeTUUYHMX MeXaHis-
MiB pocsuH (IPOpPOCTAHHA HACiHHSA, Iepexim mo NMBiTiHHA, M03pi-
BaHHA IIJIOJiB, HMiITOTOBKA MO CE30HHUX 3MiH TOIO). BarKjiImBOIO
(GyHKIieI0 QiTOXPOMIB € peryadalilis meeTHoJAIii, mpuuomy y Oa-
raThbOX POCJHUH Y IILOMY IIPOIleci 0epyTh ydacTb Bci BUAU (PiTOXPO-
miB. ¥ Arabidopsis B mMexauisami meeTmoJisiii mpoBigHy peryiis-
TopHY poJib Bimirpaiorhb PHYA i PHYB. Bararto peakiiiii peryJio-
I0TbCA (piToOXpoMaMu CHIJIBHO 3 KPUIOTOXPOMAMMU.

CtpykTtypa ditoxpomis

¥V moserysax (piToXpoMiB pPO3Pi3HAITH JBa OCHOBHI CTPYKTYP-
HO-(PYHKI[iOHAJNbHI palioHU: (oToceHCOPHUiT N-KiHIIEBUN HOMEH
i mumepusarniianii C-kiHmeBuii gomeH. POTOCEHCOPHUIT TOMEH Mif-
posginsaiors Ha P1, P2/PAS, P3/GAF i P4/PHY, a numepusairiii-
Huit — Ha PAS-A, PAS-B i HKRD (histidine kinase-related
domain). Cepen mux cy6momenis P1, PAS-A i PAS-B e yHikaJb-
HUMU POCIUHHUMHU CTPYKTYpPaMu, TOIAl AK iHII BXOLATH OO CKJIALY
diToxpom-nofioHUX OGiNKiB HEPOCAMHHUX opraHisamis (pmc. 25).

Xpomodop

N
b oy ()
P3 pg
DOTOCEHCOPHMIT LOMEH [OumepunsauiiHnin fomeH

Puc. 25. Crpykrypa mosexkyau pitoxpomy (3a Bae, Choi, 2008, 3i aminamm)
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(DoToceHcopHMI1 palioH

P1-momen mae pisHe 3HAUEHHA I OKpeMux (GopM (hiToxpomis.
V¥V Arabidopsis piBeus ¢docdhopunatoBarnua Pl-gqomeny BusHauae cra-
o6inpuicTe PHYA. ®ochopunboBanuii mo P1 ¢giToxpom A samyua-
€ThCs [0 YOIKBiTUH-3aJIe;KHOTO ITPOTEOJIi3y, ToAl AK medochopuIio-
BauuA P1 306iabIye cTabiabHiCTh MOJIEKyIu. ¥ IIBOMY JOMEHi 3Ha-
XOOATHCA aMiHOKWCJIOTHI 3aJMMIKU, Tpu3HaueHi mja aBTrodocdo-
punoBaHHA (HATPUKJIAL, cepuH-17), a TakoXK TiMAHKMH, AKi ¢oc-
GopUIIIOTECA iHIMUMU KiHazaMu (Hampukaan, cepuH-7). Ias ax-
tuBHOCcTi PHYB P1l-momen He Bimirpae cyTTeBOi poJii.

Homenu P2/PAS i P3/GAF e BUCOKOKOHCEPBATUBHUMU CTPYK-
Typamu. Boru opmMyioTs KOp (pOTOCEHCOPHUX NOMEHIB i BUKOHYIOTH
BUpiIAJIbHY POJIb y pelenIii cBiTyia Ta Iepemadi CBIiTJIIOBOTO CUT-
Hany. I1i momenu s3maTHi mo OimiH-JTia3HOI aKTHMBHOCTiI, HEOOXimHOT
Ias JiryBaHHS xpoModopa mo IicreinoBoro sanumky P3/GAF-mo-
meny. Ha Bimminy Bim pocamuHHX (itoxpomis, y 6akTepiodiro-
xpoma xpomodop ImpuesHaHUN o nqomeny P2/PAS.

Homen P4/PHY e KoHCepBATUBHUM i BUKOHYE DPETyIATOPHY
dyuKIito. Bim HeoOXimHWMI n1A TOHKOI HACTPOWKU aKTUBHOCTIL
ditoxpomy. Uepes 1ell JOMeH DeryJjiOeThbCA IIBUAKICTH TeMHOBOIL
KoHBepcii ¢giToxpomMy (CIOHTAaHHUHA mepexis y HeaKTUBHY (OpPMY),
CIIEKTpaJbHI BJACTMBOCTI, AepHAa JIOKAJIisallid a TaKOoXX KiHasHa
AKTUBHICTBD.

DoTOCEeHCOPHUI palioH BUABJAE TAKOXK CEPUH/TPEOHIH-KiHABHY
aKTUBHICTD, AKa HeoOXximHa aaa aBTOoGOChHOPUIIOBAHHA pPeIlernTopa
Ta (ochopuaoBaHHa 0iMKiB — CHUTHAJIBHUX ITapTHEPiB.

Oumepu3sauiiiHuii paioH

Hdomenu PAS-A i PAS-B y PHYB dopmyioTs nBi Bamaubi
GYHKI[IOHATBbH] OiAAHKM, HeoOXimHi masa mumepmsallii, amepHOi
JOKaJisarmii Ta popMyBaHHSA SAAePHHUX Tijgelb. ¥ (oToadbiabHOT0
diroxpomy PHYA momenu PAS-A i PAS-B 6epyTh y4acTs TiJIbKU
B YTBOPEHHI AMMEPU30BAaHUX CTPYKTYP, ajle He MAalTh CUTHAJIB
AIEepPHOI JIoKaJrisarrii.

HKRD. Touna posms HKRD nmomeny He Bu3HaueHa. ¥ OedKUX
diroxpomie HKRD, i#imoBipHO, O6epe yuacTb B yTBOPEHHi AMMepiB
(poToperenTopis.
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Humepusaria goromabinbHUX i PorocrabinpHUx (QiTOXpOoMiB
Mae€ ImeBHi ocobsmBocTi. PoTosabinpauii pitoxpom PHYA yTBOpIOE
TiTBKY TOMOAUMEPHI CcTPyKTypu. PoTocTabiJibHi UacTiiiie yTBOPIO-
I0TH TOMOJMMEPH, ajie TaKOMK 3JaTHi 1 70 rerepoaumMepisarii. Yu ic-
HY€ 0COOJUBUI CeHC Yy (PYHKIIIOHAIBRHOMY Ta PeryJsaTOPHOMY Bif-
HOIIeHH1 y (hopMyBaHHi TOMOINMEPHUX CTPYKTYP, IIOKU He Bimomo.

AKTuBaLifa ¢iToxpomis i nepefaya CBiTIOBOro cMrHany

CBiTno3anexHi 3miHu cTpykTypu dpitoxpomis

Y wmoseryni HeakTuBHOTO (hiToxpomy N- i C-kiHmeBi uacTuHUI
MOJIEKYJIN TiCHO KOHTaKTYIOTh ONUH 3 ogHUM (puc. 24). Bzaemonia
3nificHIOeTbCA 3a paxyHOK N-Kinmeoro momeny P3/GAF i C-kin-
neBux PAS-A i PAS-B. IIpu akruBamii BHacaizok ¢doToKoHBepCii
P, — P, v monerysmi ditToxpomy BimOyBaroThCA 3HAUHI CTPYKTYpPHI
amiau. B axktuBHIiN dopmi P, 36idbIIyeThcsa yacTKa o-CHipaTbHUX
cTpyKTyp (Ha 5% Oinbmre mopiBaaHO 3 P,). Ile cympoBomxyeTbca
nucortiamiero N- i C-KiHIIeBUX YaCTHH, y PE3yJIbTAaTi YOTO MOJIEKYJIa
HabyBae BiIKPUTY CTPYKTYPY. 34 PAXYHOK IIHOTO 3HAUHO 30i/IBIITY-
€ThCA ILJIOINA, IPpU3HAUYeHa I MiKMOJIeKYJIAPHUX B3aeMofili. Pos-
KPUTTA MOJeKyau (piToxpoMy iHAYKye HACTYIIHI CUTHaJIbHI mofii,
AKi cIpsAMOBaHI Ha peryJidAllilo mpoieciB i B muromiasmi (Hampu-
KJIaZ, PYX XJIOPOILIACTiB), i B AApi (MOAyAllid TeHHOI ekcipecii).
Tpancyokarisa ¢GiToxpomMy B AApPO ABJIAE COO0I0 ONUH 3 BaKJIUBUX
eTamiB CBIiTJIOBOI peryJarii.

MepeHeceHHA piToxpomiB y AApo

MonekyaspHa maca gumepy ¢iroxpomy (240 kB) mabararo 1e-
peBuiye macy 6inkiB (#He Oinbirte 40 k), AKi 3maTHI CIIOHTAHHO
IudyHayBaTH Kpidh AnepHi mopu. Tomy TpaHcaoKarisa ¢iToxpo-
MiB y AP0 € eHeprol3ajie;KHUM IIPOIecOM i 3MiHiICHIOETHCSA IIPU B3a-
emomii 3 iHmumu 6inkamu. I[[o 6inKiB, AKi 3a6e3MeUyIOTH IIepeHe-
ceHHdA OiNMKiB uepes AmepHi mopu, HaIEKATh, HAIPUKJIAL, iMIIOp-
THHU Ta IPyla 3arajbHUX KOMIIOHEHTIB, II[0 0epyTh y4acThb y Iepe-
Hecenui: mani G-6inku kaacy Ran, RanGTPasa akTtuByroui 6inKm,
HykJgeonopur 50 Ta in. Kpim s3araibHUX KOMIOHEHTiB, HeoOXimHa
y4acTh cnenmu@iuHmx (paxTopis, II[0 B3a€MOLIIOTH 3 IIEBHHUMU BU-
mamu 6inkiB (pumec. 26).
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cTabinizauis akTMBHOI dopmun y6iKBITUH-3aneXHa ferpagadis
Asp (@] ® m
R o im @
(Cheo)
1 COP1 (E3)
{ TeMHOBa peBepcisi 0 0

KiHa3Ha
AKTUBHICTb

¢oc¢aTa3Ha
AKTUBHICTb

(PAPPS5)

Lintonnasma

Anpo

————> CBiTnoBui1 edpeKT

Puc. 26. AxrTuBaiis, TpaHCIOKAIis Ta Peryidnis akTuBHOCTI diToxpomis
(sa Bae, Choi, 2008, i3 sminammn).

VYMOBHI O3HAUEHHA:

imp — imMmopTuH;

ARR4 — peryaarop BiamoBimi A-rtuny;

FHY1 — dakTop TpaHcaokairii;

PAPP5 — @itoxpom-acoriiioBara (ocharasa
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diroxpom B (PHYB) micTuTs QyHKI[IOHATBHUN MOMEH sAmep-
HOl sokaxaisarmii NLS. ITpu aktuBaiii PHYB citiaom ma ginsmaxa
BiIKPUBAETHCA Ta Uepe3 Hei PelenTop MOKe B3a€EMOIIATH 3 iMIIOp-
THHAMHU — (PaKTOpaMu, 10 3a0e3[eUyI0Th IIePeHEeCeHHA Yy SAPO.

Moaexyau PHYA, ma Bigminy Bim PHYB, He mMaioTh moMeHiB
AOepHOI JoKaJsizalii i HesgaTHi 6esmocepeIHbO B3aEMOIIATH 3 (PaK-
TOpaMHU TPAHCJOKAIlil, TakuMu AK iMmopruuu. mepHa Joxajisa-
mis giroxpomy PHYA zabesmeuyerbcsa Oinmxamum FHY1 (Far-red
elongated Hypocotyl 1) i FHL (FHY1-Like). Bingku FHY1 (202 a/o)
i FHL (181 a/o) mictars curnan spepuoi jsokrasisarmii (NLS) i cur-
HaJI, 1[0 BUKJIOUae AxepHy Jokaimidamito (NES). 3aBaaxku mum
cUTHAJIaM JOaHi OLIKM MOMKYTH IUKJIUHO TPAHCJIOKYBATHUCA B O0OU-
IBi cropoHu Kpish amepHi mopu. Ille omua minsauxa SRD (septin-
related domain) npusuauena gusa Bsaemopii 3 iToxpomom PHYA
B ob0sacti N-TepMiHAJIBLHOTO JOMEHY, AKMHA BiZKPHUBAETHCA BHACJI-
IoK (poToizomepusarrii.

Y anpi gpiToxpomMu 3B’A3YIOTHCA 31 CBOIMM MiIlleHAMN Ta MO-
IYJIIOITH IX aKTHUBHIiCTE. PYHKITIOHYBaHHS (iTOXPOMIB ¥ AApi YacTo
acoIrfifioBaHe 3 YTBOPEHHSAM SJEPHUX UYAaCTHHOK, B SKi 3aIy4alOThCS
CILIAICOCOMMU, TPAHCKPUIIIiliHI KOMILJIEKCH Ta iHII (PyHKIIiOHAJIbHI
MOJIEKYJIX Ta MYJIbTUMEDHI yTBOPEHHS.

Perynauia akTuBHocTi ¢pitoxpomy

AxTuBHI QiToxpoMu miAmarTbCA PiZHOMAHITHUM PeryJaAaTOp-
HUM edeKTaM, CIPAMOBAHUM HA 3MiHY JBOX OCHOBHUX BJIACTUBOC-
Teit hoTOpEIenTopiB:

1) crabinpbHOCTI aKTUBHOTO cTaHy (IIIBUIKOCTI CIIOHTAHHOTO IIepe-
XONy B HeaKTHUBHY (DOPMY IPHU BiJiCyTHOCTi cBiTJIA);

2) TpuBasocTi icHyBaHHA 0inKa (IHTEHCHMBHOCTI 3aJIyUYeHHS MOJIe-
KyJa (iToxpomiB A0 yOiKBITHH-OIIOCEPEIKOBAHOTO IIPOTEOJIiZY).
Ilepmum GiKOM, AJA SAKOro OyJia IOKasaHa 34ATHICTH B3a€EMO-

aii 3 pitoxpomom B 6yB peryasarop Bigmosigi A-tuny ARR4, axwuii

CUHTE3YEThCA MiJ Ai€l0 TOPMOHY IIUTOKiHiHY Ta (PYHKI[IOHYE AK He-

raTuBHUU (PaKTOp IUTOKiHiHOBOro curuHany. ARR4 akTuByeThcs

y IBYKOMIIOHEHTHIiN peryJsaTOpHiN cucTeMi B pesyJbTaTi IlepeHe-

ceHHs (pocaTHOI rpynu HAa KOHCEPBATUBHUN 3aJUIIIOK acliapariHo-

BOI KMCJIOTU B MOJIEKYJIi peryJjsTopa. B akTuBHOMY (ochopuibo-

Banomy ctraui ARR4(P) sB’asyerbcsa 3 N-TepMiHATBHOIO AiIAHKOIO
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PHYB. ARR4(P) crabinisye aktuBauii cran PHYB, 3nauno 3aTpu-
MYIOUHM TEMHOBY peBepciio iToxpomy.

diroxpom A (PHYA) i3 ¢pochopunvoBarum P1l-momeHom 3B’s-
ayerbest 3 0imkom COP1 (Constitutive Photomorphogenic 1). Bi-
aok COP1 wmictute RING finger momen i Mae BiacTuBOCTi yOiKBi-
TUHYIOUO0I mpoTreinoBoi girasu. COP1 y0ikBiTuHye aKTUBHY (QOPMY
PHYA i zanyuae ii mo 26S-3aje;XHOro IIpoTeosizy. 3B’ s3yBaHHS
3 COP1 mpuBOauUTH N0 3HMKEHHS aKTUBHOCTI curHany PHYA miisa-
XOM BHHMKEHHS MOro s3arajbHOI KOHIIeHTpAaIlii.

diroxpom-acoritioara pocharasa PAPP5 (Phytochrome Asso-
ciated Protein Phosphatase 5) sB’sizye aktusHi (P;,) dpopmu PHYA
i PHYB i gepochopurioe cmenudiuni caiitu, crabimisyroun ixHIO
akTuBHY (QopMy Ta migBuinyoouu ad@iHHicTh (iToxpomMiB mo ix-
HiX MireHeii.

Mopaynauia akTMBHOCTI milleHeli piToxpomy

diToxpoMu MOMKYTh 0e3IocepeTHbO B3aEMOIIATHA 3 MillleHAMU
abo orocepegKOBaHO uepes pPeryasaTopHi 6iaku. o cBiTa0operyabo-
BaHUX OiNKiB, AKi Ge3mocepeIHbO B3AEMOMIIIOTh 3 (PiToXpoMamMu Ha-
Jgexath Tpauckpuniiiiai pakropu PIF3 (Phytochrome Interacting
Factor 3) i PIF3-oxioui ¢akropu PIL (PIF3-Like), yb6ikBiTuHY-
oua mporeinoBa Jjiraza COP1 i muromnasmaruunuii 6imox PKS1
(Phytochrome Kinase Substrate 1).

PIF3/PIL. Tpauckpunmitiai dpakropu HLH-tuny PIF3 i PIL
€ HEeraTUBHUMU PeryJsaATOpaMHU CBiTJI0BUX peakiiiii. ditoxpomwu
3B’asyiors PIF3/PIL y pisuux minsauxkax N-KiHIIEBOI 4aCTUHU MO-
JeryJ paxkTopiB perynanii Tpanckpunitii. Hanpukiaan, y MoseKyJIi
PIF3 BusiBieHo ABi AiIAHKYN 3B’sI3yBAHHA 3 iHAUBiAyaJIbHUMU (Pi-
roxpomamu: APB (active phytochrome binding motif; a/x 27-39)
3B’sa3yeThea (piToxpomom B, a APA (active PHYA binding motif;
a/k 193-210) — diroxpomom A. HasapHicTb pisHUX AiNIAHOK 3B’s-
3YyBaHHA 3 OKPEeMHMH BuaaMu (PiToxpomiB, MMOBipHO, HEOOXimHO
IS TOHKOI HACTPOMKMU CBiT/IO3a/Ie:KHUX peakIliii. @iToxpoMu mpu
3B’A3yBaHHI CTUMYJIIOIOTh YOIKBITMHYBAHHA TPAHCKPUIIIAHUX (haK-
topiB PIF3/PIL 3 momanbpmiuM iX mpoTeosizom 26S mpoTeacomoro.
Ilepenbauaernses, o (itoxpomu dochopunioiors PIF3/PIL, a mo-
TiMm ybikBiTHMHYIOUa Jirasa posmisdHae PIF3/PIL y dochopunroBa-
HOMY cTaHi AK cyoctpar (puc. 27).
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Puc. 27. Perysnsaiis akTUBHOCTI CBIiTJIOpery/Ib0BaHUX TeHiB GiToXpoMamMu

COP1. Vo6ikBiTuHyloua nmporeinoBa Jyiraza COP1 e oguum
i3 BasKJIMBUX HETaTUBHUX DPeryJaATOPiB cBiTJMOBUX peakiiii. [ia
COP1 cmpsmoBaHa Ha 3aJdydyeHHA A0 YOiKBiTHMH-3aJI€KHOTO IIPO-
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TEOJIi8Y IIiJIOl TPYNM TPAHCKPUIIIHHNX aKTHUBATOPiB — IMMO3UTUB-
HUX PeryJgsaTopiB cBiT/iOBOTO curHaay, Hampukjaaag HYS5 (Long
Hypocotyl 5), LAF1 (Long after Far-red light 1) i HFR1 (long
Hypocotyl in Far-Red 1). ¥ TempsBi 1i akTuBaTOpU TPAHCKPHUII-
mii migmarmThcsd CIPAMOBAHOMY PYyHHYBaHHIO 26S mpoTeacoMoro.
Ha cBitai aktuBHi dpopmu ¢pitoxpomy penpecyrors COP1, Bmaci-
IOK YOTO IIPOSABJSETHCA AKTUBHICTH AKTHMBATOPIB i PO3BUBAIOTHCS
cBiToo3aneskHi pearmii (puc. 27).

KopoTkuih onnc mexaHiamy cBiTnoBui akTusaii pitoxpomy

1. AGcopbiis cBiTia.

2. ®oroizomepusarllisa xpomodgopa.

3. 3wmina KoH(opMalii Mosekyau GiToxpomy.

4a. 3B’A3yBaHHSA i3 IMUTOILIa3MATUYHUMU MIIlTIEeHAMH Ta MOXY-
JAIiA IXHBOI aKTUBHOCTI.

46. 3B’a3yBanHa i3 OinmkamMu, 110 3a0€31eUyIOTh EePEeHECeHH
y AApo.

5. Tpasnciaokarisa ¢piToxpomMy B dIpoO.

6. 3B’aA3yBaHHA 3 ANEPHUMU MIiIlIeHAMU Ta MOLYJIAIiA IXHBOL
aKTUBHOCTI.



3. MEPEAAYA CUTHAJY BCEPEAUHI
KNITUHAN

Ilepenaua curHaJsy BiJi pellenTopiB, 3aJIe;KHO Bif Ix THUIy, MOXKe
3rificHioBaTHCcA 0Oe3lmocepeqHBO HA IIPOMOTOP IeHYy abo Ha edex-
TOPHI MOJIEKYJIHM, a TAaKOYX HA YMCJIEHHI IPOMiKHI KOMIOHEHTH
BHYTPiITHBOKJITUHHUX CUTHAJIBHUX cHUCTeM. KomMmoueHTH, 1110 Ge-
PYTh yUacTh y Iepefaui CUTHAJy BiJ pPellelTOPiB A0 KiHIEBUX Mi-
meHel, HAA3BUYAHO Pi3HOMAaHITHI 3a CTPYKTYpPOIO, BJIACTHUBOC-
TAMU Ta MeXaHi3sMaMmu TpaHcAyKIii currany. Koporki Bimomocrti
po iX mpu3HAUEHHA Ta NPUHIUNU (PYHKI[IOHYBAHHS OyJIM BUKJIA-
meHi B posninax «KommoHeHTu curHamnbHuUx cucteM» i «CyrHicTh
nmepenaui curHasy». ¥ Iifl yacTuHi OyAyTh ONMCaHi OCHOBHI rpymnu
CUTHAJLHUX MOJIEKYJ, iX CTPYKTypa, CIIOCO0M B3a€EMOil 3 allCTPUM
i TayHCTPUM CUTHAJIbHUMU IIapTHepaMHU Ta peryJjsaTopaMu, Mexa-
HidMu akTuBaii i mepegaui cursaiy.

3.1. G-bUJIKA

OpHUMHU 3 KOMIIOHEHTiB, Ki OIIOCPEeIKOBYIOTH BHYTPiIIHBO-
KJIiTUHHUY curHai, € peryiaaropHi GTPasu, AKi TakoK Ha3WBaIOTH
G-6imxkamu. ¥ cyKynmHocTi G-0iTKM — ITe TyaHiH-HYKJEeOTUA3B A3y-
oui 6inku;, mo mMaroTh GTPasHy akTUBHICTE Ta BUKOHYIOTH Y KJIi-
TUHAX pisHoOMaHiTHI QYHKIII, AKi He 00MEKYIOThCS PeryaaTop-
HuMu. BoHU 6epyTh yyacTb y TPAHCIOPTiI MaKPOMOJIEKYJ, OpraHisa-
il mMuUTOCKeeTy, cuHTe3i O0iKiB, YTBOpeHHI Ta TpaHCJIOKAIlil Bes3u-
KyJs. Cepen 6aratbox G-6iMKiB MOKHA BUIIJIUTU TAKOXK I'PYILY CUT-
HaJIBHUX MOJIEKYJ, III0 6€PYTh yYaCTh Y TPAHCAYKI[iI BHYTPIIITHBO-
KJITUHHUX CUTHAJIB.

Cur"anabHi G-0iMKM, BiAMOBiZHO M0 IXHBOTO CYOONUHUYHOTO
CKJIANy, TOMiJIAIOTHL HA ABa THUON: TeTePOTPMMEpPHi Ta MOHOMEpHI.
Y panHi#i gitepatypi, npucBaueniii G-6iKam, rerepoTpuMepHi



86 MEPEJAYA CUTHANY BCEPEAUHI KITUHN

0inku vacTo HasuBaau BjaacHe G-Oinmkamu (0e3 BigmoBimHOI cy-
0OAMHNYHOI XapaKTePUCTUKU «TeTEePOTPUMEpPHi»), TOAi K MOHO-
MepHi cmouaTKy oTpuMasiu Has3By Ras-6inkiB. Ilana TepmiHoJOTIS
OyJa DOCUTHL «EKOHOMHOIO» i, padoM 3 THUM, 3posdyMijoio. OgHak
micjas Toro AK 3’scyBaJjocs, 1o Ras-0iamkum — Iie Jimime ogHa 3 Po-
OUH BeJUUYe3Hol rpynu MoHoMepHux G-0inkiB (B mamuii yac BHUIi-
JAI0Th I’ ATh POAUH ManuxX G-6iJKiB), 00 YHUKHYTH HJIyTaHUHU,
3’saBUJIacsa HEeOOXiJHICTh BUKOPHCTOBYBATU TEPMiHHN reTepOoTPUMEPHi
Ta MOHOMepHi (abo maui) G-6imKm.

I'yaHiH-HYKJI€0THA3B A3yI0Ui OiIKM 3HAYHO IIOIIUPEHi B KUBik
IPUPOLi, ajie IPH IILOMY HEpPiBHOMiPHO IIpPeCcTaBJIeHi y TBapuH i poc-
auH. [Ipruomy HaMOiabIII BiZMiHHOCTI XapaKTepHi OJS CUTHAJb-
Hux G-0inkiB. Tak, rereporpumepHi GTPasu y Benaukiii KizbKocTi
BUSABJSIOTHCS B TBAPUHHUX KJITHHAX, & YV POCIUH BOHU IIPUCYTHI
B MIHOPHUX KigbKoCTsaX. ¥ TBapuH 0au3bko 80 % IEepBUHHUX Me-
CeH/ KepPiB B3a€MOIiIOTh 3i crmerudivyHuMHN pelenTopaMu, CIoJIyue-
HuMu 3 rereporpuMepHuMu G-6inkamvu. s pocamH 6araTo aciex-
TiB y4acTi IIMX MOJIEKYJI y CUTHAJbHHNX MexXaHidMax Hoci He3poay-
mini. IIpunaiimui, rereporpumepri GTPasu y pocins, AKIMO i 6epyTh
y4acTh y TPAHCAYKILI CUTHAIY, HABPSI YM MAIOTh MEXaHi3M aKTHU-
BaIlii, aHAJIOTIYHMUNA 4O MexXaHi3Ma y TBapWH. SHAUYIIICTH TeTePOTPH-
mepHUX G-0iJKiB A TBAPUH IIiATBEPAKYETHCA BEJIMKOIO KiJIbKiCTIO
imenTndikoBaHMX y T€HOMi CCaBI[iB I'€HiB, II[0 KOAYIOTH CYOOTMHUITL
GTPas: 23 a-cybogunui, 5 B-cybogunurts, 12 y-cybonmauns. Y poc-
JIVH Ha0ip mogi0HMX I'eHiB € 3HAUHO MeHMIuM. Hampukiaan, y TeHOMi
y Arabidopsis BusBimenuii jumre 1 red, mo Koaye o-CyOOLUHUILIO,
1 — B-cybomununio, 2 — y-cybommuumi. Ha Tii Takoi HesHaunol
KinmbKocti rereporpuMmepuaux GTPas renu manux G-0iiKiB y remomax
POCJINH BUABIAOTLCA AocTaTHLO. Hampukiaan, v remomi Arabidopsis
imrenTudikosano 93 renu. B peryaATOpHUX i CUTHAJIbHUX MeXaHis-
MaX y POCJIUH IIPOBifHA POJb HaJMEKUTh MoHOMepHUM G-OiaKam.

3.1.1. letepoTpumepHi G-6inkn

Boepiie G-6inku Oyau BUABJEHI MpU BUBUEHHI MeXaHi3MiB
dyurunionyBarua 7TM pernentopiB (a6o GPCR) y tBapun. Permen-
TOPHU IILOTO KJIacy 0es3mocepeqHbo B3aeMoAiloTh 3 G-Oimkamu Ta 1me-
penaioTh uepe3 Hux curHai Ha edpexTopu. GPCR i G-6inmku y TBa-
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PuH 3aBXIu QYHKI[IOHYIOTH PA30M i € CTAHIZAPTHUMU CUTHAJIbHUMU
naptHepamu. 3 1iei npuuuuu 7TM-pelenTopyu Ha3UBAIOTHL TAKOMK
G-06imox cnmoamyuenuvu penentropamu (GPCR).

G-0iIKM CKJIAHAIOThCA 3 TPHOX PisHUX cybommuuib. Haiibinbiia
3a poamipom a-cybomuuuiisa (40-50 k][) meminHo 3B’si3aHa 3 IU-
mepoMm Py. Cybommuuni i v MaroTh MeHIN MOJIEKYJIAPHI Macu —
BigmoBizuo 35 k[l i 8 k]I[. CTpykTypa By-ZmMepy HminTpuMyeThCA
3a paxyHOK CJIaOKUX CHJ, AKi, THUM He MEHII, YTBOPIOIOTH JOCUTH
MinmHEUI 3B’A30K, TOMY IIPU PisHUX (PYHKI[IOHAJIBHUX CTaHAX MO-
aexynu G-6inka gumep Py 3aBiKAM 3HAXOAUTHCA B aCOIilOBAaHOMY
Buraani. CybonmHUIi o i Y MaOTh IOCTTPaHCHAIifTHI Mogudikamii
Y BUTJISAL JKUPHOKMUCJIOTHUX a00 i30IPeHOIAHUX I'PyIl. 3a PaXyHOK
nuX JinoMiabHUX I'PYI O-CyOOOUHUIA i Py-guMep He3aJIe:KHO OOUH
Bil OOHOTO YTPUMYIOThCSI HA BHYTPIIIHBOKJIITHHHOMY OOIIi ImJIas-
MaJIeMHI Ta MOKYTh OoKpeMo abo B ckJyani G-0inka jaTepaJbHO IU-
dyunyBatTu mo memOpaHi (puc. 28).

Y cTpyKTYypi o-cyOOAMHUIIL € T'yaHiHHYKJEOTHUJ 3B’ A3YIOUHN
IeHTP, ¥ AKoMy Mmoske mepebyBatu GTP ab6o GDP. Ila ginauka
rakoxx mae GTPasui Baactusocti. IIpu 3B’asysanui GTP G-0i-
JIOK TepeXOAUuTh B aKTUBHUYN CTaH (3MaTHUN IepemaBaTy CUTHAJ),
a GDP-3B’sa3aHa (popMa € HEaKTHUBHOIO.

Crpyxrrypa pisaux G-0inkiB € yHikambHO0O. [0 cKIamy iHAMBI-
nyaabHoro G-0imka BXOOUTH KOHKpPeTHHH Habip isodopm cybomu-
Hutb. Ile mosBosse iM crenudivyHO B3aEMOMiATHU 3 BinmoBimHMMUI
PelenTOPpHUMU i1 e(PeKTOPHUMHU MOJIEKYJIaMU.

Bsaemogia G-6imka i3 G-0iJIOK CcIOJyUYeHHUMU peIllelITopaMu
3IiIICHIOETHCSA Uepes3 O-CyOOquHHIIn. 3 eeKTopaMu MOYKYTh B3ae-
MOZiATH AK o-cy0OomAMHUIIA, TaK i Py-mumep.

Muka akruBamii. [Ipu BigcyTHOCTI BifmOBiAHOTO 30BHIITHBLOTO
curHany G-6iJIOK 3HAXOOUTHCA B TPUMEPHOMY HEaKTHUBHOMY CTaHi,
OPUYOMY B I'yaHiHHYKJIEOTHU-3B A3yBAJILHOMY CalTi o-CyOOaMHUIILI
suaxoauThbesa GDP. ¥V pesynbraTi pereniiii eKCTPaKJIiTUHHOTO CUT-
HaJIy 3MiHIOEThCS KOH(MOPMAI[isl pellenTopHOro 6ijJika, a Ie, y CBOIO
yepry, COPpUUYMHAE HUBKY 3MiH y ctaHi G-06inxka. Brpauaerbes
cuopigHenicTy a-cybomumuuii 3 GDP, micme sxkoro saiimae GTP.
Y 6inbimocti Bunaakis (ase He 3aB:KaM) aKTuBOBaHUN G-0in0K mu-
corifoe Ha OBi wacTmHU: o-cyO0OAWMHUIA Binmimaerwscd Bin Py-gu-
Mepy. ¥ KoXkHOMY BUNaAKy G-0iJIOK 3HaAXOAUTHCA B aKTHUBHOMY
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cTaHi, AKINO o-cyboamuuila 38 a3ama 3 GTP. OgHak meil craH 1o-
PiBHSIHO HeTpUBAJIMNIi, OCKIIBKU O-CYOOOUHUILSA TiApoJisye moJie-
Kyay GTP i mepexoauTs y HeaKTUBHUN TPUMEPHUI CTaH, OCKIIBKU
B I'YaHiHHYKJIEOTHUI-3B’ A3yBAJIbLHOMY CAUTi O-CyOOAMHUII 3ajIHIIIa-
erbca GDP. fKimio perenTop IpOIOBIKYE CIPUWMATH 30BHIIIHIN
curHajy, 7o G-0iJIKM aKTHUBYIOTHLCS 3HOBY.

GTPasHa aKTUBHICTH O-CYOONMHUIIL 3aJI€KUTHh Bil pAmy BHY-
TPIIIHBOKJIITUHHUX (PaKkTopiB. Ilo-mIepiie, aKTUBHICTH ITOCUJIIOETHCS,
3a3BUUall, MPU B3aEMOIil O-CyOOAMHUIL 3 e(PeKTOPHUMU MOJIEKY-
JamMu, Hanpukiaan 3 gocdoraimazoo C. Ilo-mpyre, icHye Beaumka
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Puc. 28. ITukxa akTuBailii rereporpuMepHux G-6iaKiB (IOsCHEHHS Yy TEKCT).
YMOBHI TO3HAUYEHHSA:
RGS — peryaarop curnamisaiii G-6iaka
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KiJbKicTh peryasaropHux 0inKiB, mio sgmatHi moxmyaoBatu GTPasmy
aKTuBHiCTL o-cybommuuiti. Ili 6inkm mamemxarp mo poaguau RGS
(regulators of G-protein signaling) 6inkiB — peryasTopiB curua-
aisarnii G-6imxa. B ocHOoBHOMY, Ile HeBeJdWKi OiJIKM, IO CKJaja-
orbea 3 220 i MeHIle aMiHOKMCJIOTHUX 3aJHUIIKIB, IPOTE TaKOMK
BUsABJeHI BucokomoseKyaApHi RGS 6inmku (o 1400 aminokucaoT-
Hux sanumikis). Ii 6inku e Tinmbku moxynoooTs GTPasny akTus-
HicTb o-cybommuamii. [leAKi 3 HUX 3maTHiI OpaTH ydacTh y mepemaui
CHUTHAJIy, OCKiJIbKM MalOTh y CTPYKTYpPi cmenudiuni ginguxm, axi
IO3BOJIAIOTH iM B3a€MOIIiATH 3 NeAKUMM KOMIIOHEHTAMH! CUCTEMU
mepemadi curHamy.

TpaHCAYKIiA curHanay Ha e(eKTop 3AiMCHIOETHCA O-CyOOTMHU-
e abo Py-gumepoM, a B IeAKWX BUNAAKAX — IIJIUM TPUMEPOM,
3B’azauum 3 GTP. Ockinpxmu Hi G-0imoK, Hi Iioro ckJamoBi ua-
CTHUHUN He BiOKPEeMJIIOIOThCS BijJ maasmMaTHUYHOI MeMOpaHu, edex-
TOPHI MOJIEKYJIH, II[0 aKTUBYIOThECS G-0iIKOM, TaKOK MaiOTh MeMO-
paHHY JOKaJisalfiro abo 3aJydarThCsa 10 MeMOpaHU B IIPOIleci ak-
tuBailii. Bsaemonia G-6inKiB 3 edeKTopaMu IPUBOIUTH A0 3MiHHI
KoH(popMaIlrii Ta aKTUBHOCTI OCTaHHiX.

Humepu [y He TiIBKU PErysaloOTh aKTUBHICTH e()eKTOPHUX MO-
JEeKyJI, HampuKJIam, Takux ax ¢dochorainasu (PLA,, neaki isohopmu
dochoainasu C), iomui kamamu (K*, Ca%'), aje TaKoX BUKOHYIOTH
immi ¢gyuKIii. BoHu 3abe3meuyoTh JOKAIi3alliio, 3B’ A3yBaHHa Ta Je-
aKTHUBAIiI0 O-CyOOOUHUIb, CTA0LNMi3yIOTh iX iHAKTMBOBaHUII CTaH
IIJISIXOM 3HUKEHHsS piBHa aucorniainii GDP Bim o-cybomuumiti, pe-
T'yJII0IOTh CIOPiAHEHICTL PelenTopiB M0 JiraunmaiB, AKi iX aKTUBYIOTS.

¥ tBapuH By-cybommuuri rereporpuMmepanx G-6inkiB 3maTHi ak-
TUBYBaTU cHenu@iuni mporeiHKiHasu — kimasu G-0iJ0K cmosyue-
uux perenropiB — GRK (G protein-coupled receptor kinases), siki
dochopusiorors Mosiekyau 7TM perenTopiB. o aktusarii GRK
OPUBOANTH, 3a3BUUali, HU3bKa KOHIEHTpAaIlid aronicra, To0To cJjaod-
KU 30BHiIHiN curaaya. KoBamenTHa Moaudikallisa permenropa IIIs-
xoM (hochopuIIOBAHHS 3aImobirae mepenadi curHasy Ha e()eKTop 3a
IBOMA MOKJIMBUMU IIPUUNHAMU:

1) BuUAaleHHS pelenTopa 3 MOBEPXHi KJIITHMHU MIJIAXOM €HJIO-

IIATO3Y;

2) 38B’A3yBaHHS 3 MOJIEKYyJIaMH appPecTHUHY, AKi pempecyoThb

3IAaTHICTh peleInTopa B3aEMOMIATHU 3 JIITaHIOM.
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3.1.2. MoHOMepHi (mani) G-6inkn

PisHOMaHiTHiCTb MOHOMepHUX G-6inkKiB

MonomepHi G-6iKHu, crmouaTky OyJHW BIAKPHUTI SK IPOAYKTHU
Ras-mmpoTooHKOreHiB, mio acorifioBaHi i3 capkomoio IypiB (3Bigcu
abpeBiarypa Ras — rat sarcoma). Sromom OyJsiu BusBJIeHI UMCIeHHI
moHOMepHi 6inku 3 GTPasHol0 akTHUBHiCTIO, OJM3bKi 3a CTPYKTY-
PoOI0 Ta MOJIEKYJIAPHOIO Macor no Ras-6inkiB. VYeci mi 6igKu MamTh
obomerxeny romoJoriro (mo 30%) i KoHcepBaTHBHI ITOCIiZOBHOCTI
aMiHOKMCJIOT, BiAmoBimasbHi 3a 3B’aA3yBaHHA ryaHosuHdocdaris,
GTPasHy akTuBHicTH i B3aemomito 3 epexropamu. MojeKyadapHa
maca b6ismbmrocti morHomepHuUx G-6isKiB Bapiroe B merkax 20—30 x].
Crorogui BBasKaioTh, 1o Maai G-0iIKM € 000B’SI3KOBMMMU KOMIIO-
HEHTAMU eyKapioTUYHUX KJITHUH i 0epyTh y4yacTh y Ba'KJIUBUX pe-
rynaTopHux mMexanismax. Bimomi mami GTPaswu, BigmosigHo mo ix
aMiHOKMCJIOTHOI ITOCJIiZOBHOCTI Ta (PYHKI[iH, MOAIIAOTL HA I’ ATH
ponum: Ras, Rho, Rab, Arf i Ran.

AxrusHicTs gBOX cimeiicTB G-6inkiB — Ras i Rho — acoiiifio-
BaHA 3 TPAHCAYKIli€I0 cuTrHaNy. PeriTta BUKOHYye cmerudiumi KJi-
TUHHI QYHKII.

Binku poguuu Ras He BusiBjeHi y pocsimH i 3HaWjeHi TiabKu
y TBapuH.

Ras-6inku y TBapMHHUX KJIITHHAX 0epyTh yUacThb Y CTUMYJISILi]
KJITUHHOTO IIOAiy, Hmepemaloud CUTHAJ, OTPUMAHUN IIPU 3B’ A3Y-
BaHHI (haKkTOpiB pocTy BimmoBimHuMu perentopamu. Ras s3asBuuaii
PO3TAIIIOBYEThCA B IEHTPi Mepe:Ki CUrHaJbHUX IILIAXiB, AKi B3a-
€MOMiI0Th, TOOTO Ieii OiJIOK 3maTHUI COPUUMATU CUTHAJHU Binx me-
KIJIBKOX pelenTopiB i, B TOH ’Ke Yac, BILJIMBATU HA BEJIUKY KiJb-
KicTh HacTynHHX mofiii. XapaxTepHuM ajsd Ras € akTupalisa pis-
HUX KiHas3, HAIIpHUKJalI, TaKUX, K npoTeinkimasa Raf abo ¢gocpa-
TUAMJIIHO3UTOJI-3-KiHasa.

V¥V renomi Arabidopsis BusiBieno 11 rewnis, 1mo xoayiors Rho
Oinmku. I1i GiKM mero BiApisHAOTHCA 3a CTPYKTYypoio Bix Rho 6ii-
KiB TBapuH i cKJamaioTh okpemy migpoaunuy Rho-momionux 6inkis
pocaiuax — ROP (Rho of plants).

Mauni G-6inKu, 1110 He HeCcyTh CUTHAJBHOTO HaBaHTaKeHHS, MeH-
II0I0 MipOI0 BiIPiBHAIOTHCS Y POCJUH i TBapmu. PyHKIIIOHyBaHHS
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rTakux G-0iMKiB mMOB’A8YIOTH 3 yuacTio B cuenudivamx GpyHIaMeH-
TaJbHUX MeXaHisMax:

Arf — yTBOpeHHs Be3uUKyJ, B pociamHax Arf Gijixm BasKImuBi
IS TOJIIPHOTO TPAHCIOPTY ayKCHUHY, OCKiIbKH 0epyTh ydacThb
y mepeposmnonini mepeHocHuka aykcuHy PIN1 mik muTomaasmMoro
Ta IJ1a3MaJieMOI0;

Rab — TpancmopT i JOKyBaHHS BE3UKY.JI;

Ran — rtpadix PHEK i 6inkiB Kpisp aAmepHi mopwu.

CurHanbHi MOHOMepPHi G-6inkun

Ras i Rho 6inku € MmeMOpaHHUMY MOBEPXHEBUMU OiTKamMu, AKi
YTPUMYIOTbCA Ha MeMOpaHi, aK i rereporpumepHi G-6inku, 3a pa-
XYHOK Jiimo(inbHOI rpynu HebimKoBoi mpupoau. Mami G-6iaKku misa-
IalOThCsA TTOCTTPAHCIAAIIMHNM HEeKOBaJEHTHUM Momudikamiam. Ogux
3i cmoco6iB moaumdikaIii He xapaKTepHUIl AJA TeTEPOTPUMEPHUX
G-0inKiB: micya 3aBeplIeHHA CUHTe3y BupaisgeTbcsa Tpu C-Kinie-
BUX aMIHOKHUCJOTH, & HOBUI C-KiHellb HOJINENTHIHOIO JAaHIIOra,
1110 YTBOPHUBCS, MeTHIyeThbcA. IIoTiM 1o 1mcTeiny rimepBapiabesbHOI
C-TepmiHabHOI 06JIaCTi IPUEAHYETHCA JKUPHOKUCIOTHUMN ab0 IOJTi-
MIPEeHOBUH 3aJIUIIOK, AKUI 3a0e3mneuye 3B’ A30K 0iJKa 3 MeMOpaHOIo.

Hocraimxenus cTpykTypu Ras 6iKa moxasajgo HasgBHICTH IBOX
BUCOKOPYXJUBUX TiJIAHOK, 10 Has3BaHi «switch I» i «switch II»,
aKki oTouyioTh y-pochar GTP. IlosokeHHA IUX IIOCJiTOBHOCTEH
icTOTHO 3MiHIOETBCA 3aJIe}KHO Bif Toro, akuii 3 HyKJeotunis (GTP
a6o GDP) sHaxoAuThCs B I'yaHiHHYKJEOTUA3B’ A3yIOUOMY IIEHTDi.
3mina KoH(popMAaIlii MOJIeKyJu BHACIILOK 3CyBY switch-mocmimos-
HOCTell cIpusAe TMePeKJIIOUeHHI0 HEaKTUBHOTO CTaHy MOJIEKYJIN B aK-
TUBHU, i HaBmaku. B aminorepmiHanbHil yactuni G-6iiKa poara-
IoBaHa JiJITHKA B3aeMOil 3 ederkTopamu.

IMuka akTuBanii MmonomepHux G-6imkiB. Moumomepni G-6inKu,
Ha BiAMiHYy BiJ reTepoTpuUMEpPHUX, HE B3aEMOXIIOTH 0e3Imocepes-
HBO 3 perenrtopamu. Ilepemaya curHajgy MisK HUMU 3OiACHIOETHCS
3a JIOTIOMOTOI0 aJallTEPHUX MOJEKYJ. ¥ HEaKTUBHOMY CTaHi B Ty-
aHiHHYKJIEOTuA3B A3ylouomy meHTPi G-6iska 3B’A3aHOI0 € MOJie-
kyaa GDP. Crumynamnia G-6inka migxom B3aemMomii 3 amarmre-
pamu crupuse 3amini GDP uwa GTP (puc. 29). AmzanTepHi MoaeKyIu,
110 6e3mocepesHbO B3AEMOLiI0Th 3 ManmuMu G-0iTKamMu, Ha3UBAIOTH
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rya”iH-HyRJeotua oominmwwunmu ¢arxropamu (GEF — guanine
nucleotide exchanging factor).

ITicna saminmu ryamosuu@ocdariB maai G-0i1Ku 3MiHIOIOTH KOH-
dopMaIriro Ta mepexonaTh B aKTUBHUU CTaH, TOOTO HaOyBalOTh 31aT-
HICTh peryJoBaTH aKTHUBHiICTH cBoix mimieneii. Kpim GEF, y mu-
KJai aktuBaiii G-0iKiB MOKyTh OpaTu ydacTh iHIII peryaaropH,
OPUYOMY He TiJIbKM aKTUBATOPH, aje U iHribiTopu mepemadui cur-
Hany. IlepembadyaeTbca y4acTh TyaHiH-HYKJEOTH TUCOI[iFOI0YOTO
imriditopa — GDI (guanine nucleotide dissociation inhibitor). Ieit
peryiasTop OyB BUSBJIEHUHN IIPM BUBUEHHI MexaHidaMy akTmBaiil
Rab-6inkis. CyTHicTs #oro mii moJsiArae B ToMy, IO BiH 3B’s3y€ JIi-
nopineay rpyny HeaktusHoro GDP-3B’sa3anoro G-6iika, BHaCIiIOK
YOT0 OCTaHHiNl mgucoritoe Big membpanu. Ilum cmocobom GDI izo-
aioe HeakTuBHU G-0iy0K. AcoritioBauuii 3 GDI G-0i1oK He Mae
moskauBocTi B3aemomisatu 3 GEF (puc. 29).
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Puc. 29. ITuxkn aktuBarii moHomepHux G-0iJKiB.

YMOBHI TO3HAYEHHS:

GEF — ryaHiH-HYKJ€0TUA 00MiHIOIOUMIT (DaKTOD;
GDI — ryaHiH-HYKJIEOTH] JUCOI[iI0I0Unil iHriGiTop;
GAP — 06inku, mo aktuByiorb GTPa3sy;

E — wmimens G-6inka
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ImakTuBamnia GTP-3B’a3anoi popmu G-6inKa 3aifiCHIOETHCSA B pe-
gyabraTi GTPasuoi peakmnii. Bigmensnennsa y-gocdary npuBoguThH
no yrBopeaHa GDP, i G-6iyi0K, TaKMM UHMHOM, II€PEXOIUTH y He-
aktuBHy GDP-3B’a3any gopmy.

GTPasua axTuBHiCcTb, a BiAImOBigHO, i IMBUIKiCTh iHaKTUBA-
nii G-6inka He € cramumu. Tak, aKTUBHICTH IMiABUIIYETHCA IIPU
B3aemogii GTP-38’sa3an0i popmu G-6inKa 3i cBoero mimenHo. Kpim
IbOT0, iCHYIOTH CIIeIlia/IidoBaHi peryJjsTopu aKTUBHOCTi. BoHHU Ha-
3uBaoThbCca Oimkammu, mo axktuByloTh GTPa3y, abo GAP (GTPase
activating protein). GTPasua axkrtuBHicTh G-6inKiB, AKi 3B’A3aHi
3 GAP, 36inbinyeTbca I’ ATUKPATHO.

3.2. EOEKTOPHI MOJNNIEKYJIU TA BTOPUHHI
MECEHKEPU

EdexTopHi MOJIeKyIH € KOMIOHEHTAaMU CUTHAJBLHUX CHUCTEM,
AKi 0epyTh yuacTh B YTBOPEHHI BHYTPiNTHBOKJIITHMHHUX HUBBKO-
MOJIEKYJIAPHUX IIOCEPETHUKIB — BTOPMHHHUX MeceHa:kepiB. Edex-
Topu — Ie (hepMeHTHU, AKi ImepeBa’kKHO PO3TAIIOBYIOTHCA Ha ILJIa3-
MaTUYHiN MeMOpaHi, aje MOXXYTb MaTU IUTOILIa3MAaTUUYHY JIOKAJIi-
3aiifo. K edexrTopu (aje HOCUTH YMOBHO) MOKHA TAKOK PO3TJIS-
IaTyu KaJbIlieBi i0HHI Kamaju.

BasxsmBoro BiacTuBicTiO e()eKTOPIB € IXHA 3JATHICTD ITiACUIIO-
BaTU CUTHAJI, OCKIJIBKU IxHe (DYHKI[IOHYBaHHSA IPUBOLUTH IO YTBO-
PEeHHA 3HAUHOI KiJIBKOCTiI BTOPUHHUX MECEHIKEePiB, IO IepenarTh
CUTHAJI Ha TOJAJIBIIII KOMIIOHEHTHW CUTHAJBHUX JaHIIOTiB. Tarkum
YMHOM, OfHa e(eKTOpHA MOJIeKyJa 3a JOIOMOI'0OI0 BTODUHHUX Me-
CEeH)KepiB MOJKe BILJIMBATU Ha aKTHBHICTH 0araTh0X CUTHAJIBHUX
ImocepeHUKIB.

Cran e(eKTOpiB 3aJ€KUTH BijJi 30BHIIIIHIX CUTHAJIB, aje aKTHUB-
HiCTh KOXKHOTO 3 HUX MOAYJIIETHCA PiSHUMU cmocobaMu 3aJIe)KHO
Bi, KOHKDPETHOTO TUIY e(eKTOPHUX MOJeKyJau. BoHU MOXYTbH OT-
PUMYBATU CUTHAJ:

1) GesmocepeAHBO Bij PEIENTOPiB;

2) omocepenKoBaHO uepe3 0iTKOBI KOMOOHEHTH CUTHAJIbHUX

cucTeM;
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3) mpu 3B’A3yBaHHI IMEPBUMHHOTO MeceHIKepa (pelenTopu-Ka-
HasohopMepn);

4) mig BOJMBOM BTOPUHHUX MECEHIKepiB.

EderTopu-epMeHTH KOBAJIEHTHO MOAU(PIKYIOTH CyOCTPaT, YTBO-
pIOIOYYM HU3BKOMOJEKYJIAPHI CHONYKU, SAKi BUKOHYIOTH POJIb BTO-
PUHHUX MeceHI:KepiB. BropuHHI MeceHmkepH MaoOTh JeKiJTbKa
BasKJIMBUX BiacTuBocTeii. ITo-mepiite, BoHU q00pe AUPYHAYIOTH BCe-
penuHi KaiTuHHU, a Aeaki cmoayku (Hanpukiaazn, NO) jerko mpoHu-
KaloTh 10 cycigHix xaituu. ITo-apyre, 1ie crmoJyuyeHHs, AKi iCHYIOTH
Iy:Ke KOPOTKUI Yac: BOHU PYUHYIOTHCA (DEPMEHTATUBHUM ITLISIXOM
abo cmouTaHHO. TpuBajdicTh iCHyBaHHA OeAKHX BTOPUHHUX Mece-
HI)KepiB, IO 3JaTHiI A0 CIIOHTAHHOTO PYHHYBaHHS, MOXKE TaKOMK
perynoBatuca depmentatuBHo. I[Ilomo ioHiB, icHylOTH MexaHiZMU,
10 CIPUSAIOTL HMIBUAKOMY 3HIKEHHIO iX KOHIIeHTpAaIrii.

EddexTop, 1110 cuHTE3ye MOJEKYJIN BTOPUHHUX IIOCEPEIHUKIB,
i (hepmeHT, 3maTHHUI PYyHHYBaTH iX, CKJAZAlOTh y KJiTHHI CBO-
€pigHy aHTaroHicTuuHy mapy. IIpuKJgamzoM Takol mapu MOMKYThb
caysxutu agmeHinarmukiaasa (ALl) i dochoxiecrepasa (PE). Ka-
TariTnuyHa akTuBHicT, @E cupsamMoBana Ha pyHHYBaHHSA ITUKJIiU-
Horo AMP (cAMP) — BTOPMHHOTO MeCeHIKepa, SAKUN CUHTEe3y-
erbea AlIl. Ili depmeHTH He TiIBKM MAIOTh IPOTHUJIEKHI BJIACTH-
BOCTi, ajie I HIPOTHJEKHI cmocobm perynasaiii. AKimo ameHimaTiu-
KJIada aKTHUBYEThCSA IIPU OTPUMAHHI IMEeBHOTO CHUTHAJY, TO (ocdo-
IiecTepasu 3a IIMX YMOB BTpadae aKTHUBHicTh. OJHAK KOJIU mTAaHUI
curHai BimcyTHilt, To All iurioyerscsa, a @PE, HaBmaku, mepexonnuTb
B aKTHUBHHUU cTaH. IIpOTHUIE}KHO CIPsAMOBaHA PETyJIAliad aKTUBHOCTIL
nux (epMeHTiB J03BOJISE KJIITHHI IIIBUAKO pearyBaTH Ha 30BHIIITHI
YMOBHU, OCKIJIBKHU cOpusie e(peKTUBHOMY CHUHTe3y ab0 PyHHYBaAHHIO
BTOPUHHUX MECEHIKEePiB y BiAmOBiZHMX yMoBax.

3.2.1. ®ocdoninasn

dDochosinasu — 1€ pepmMeHTH, IO KaTaJi3yIOTh TiApoJi3 mes-
Hux edipHUX 3B’A3KiB y MoseKyaax (ocdosiningis. Bixgmosizuo
IO PO3TAIIyBaHHSA TiPOJi30BaHOTO 3B’fABKY PO3PiBHAIOTH I’ ATH
KJjaciB docdorainas (PLD, PLC, PLA,, PLA, i PLB). fIx oxpewmi
rpynu BUAINAIOTH (DePMEHTHU, II10 KaTali3yioTh PO3IeleHHd JIi30-
dochoinmigie — isodochominasu.



EQEKTOPHI MOJEKYJIN TA BTOPUHHI MECEH[XXEPU 95

Caiitu Ta mpoaykTu poamreryieHHs (puc. 30):

e dochoainmasuy D (PLD) — repminanbaUil dochoedipuuii 38’ A-
30K; OPOAYKTHU: (pochaTuaHa KHcCJIOTa Ta TOJOBHA CINPTOBA
rpyna;

e dochoainasu C (PLC) — rainepodocharuuit edipHuii 3B’ A30K;
OPOAYKTH: HiAIUJTJIiIEepos i ¢ochopuaboBaHUN CHUPT;

e dhochominasu A; (PLA;) — sn-1 anmunedipHuii 3B’A30K; IIPO-
OIYKTU: BigbHA JKUpPHA Kucaora i 1-mizo-2-amuadocdorimin;
e dochominasu A, (PLA,) — sn-2 anmunedipHuii 3B’A30K; IIPO-

OIYKTU: BiabHA JKUpPHA Kucaora i 1-amui-2-aisodocdolriming
e dochouminaszu B (PLB) — sn-1 i sn-2 anunedipui 3B’ a3Ku; mIpo-
OIYKTU: BiJbHI JKUPHI KucaoTu i 3-docdoriminepo;

|

docooni D CI)

ocdoninasm D ———
. 0=P-0"

docdoninazm C ——cl)

H- CH nizodpocdoninasu

-C
6/ docdoninasn B

océoninasu A,
5ot

nizodpocooninasn CH,-

ocdoninasn B |
C

docooninazu A, oo

docooninia docdatngHa Kncnota + cnupt
docdoninia L piayunrniuepon + cnnpt— @
docdoninia i— ritepon- (B)-CcnupT + 2 XUpHi KUCoTn

docdoninig _PtA L 2-auun-1-niso-rniuepon— ®—cnv|pT + XnpHa Kncnota

T-aumn-2-nizo-rniuepon- (B)-CnupT + XMpHa K1cnoTa

docdoninia

lysoPLA

nisopocdoninia rnitepon- (B)-CnupT + X1PHa Kncnota

Puc. 30. Caiitu nii ocdoninas Ha dochosimian Ta TPOAYKTH peaKItii
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e jizoocdominazu A (lysoPLA) — sn-1 a6o sn-2 amuaedipauii
3B 30K y MOJIeKyJax Jisodochoaimifis; mpoayKTu: BijibHa
JKHUpHaA KucJyora i 3-¢gocdoraimepoJt.

Y curHaibHMX MexaHidMax HauOGiabil BamauBumu € ¢ocdo-
aimasu C, D i A,. AKTuBHicTh ycix mux docdosrinas mpuBOIUTH
IO YTBOPEHHS IIiJIOTO PSAY BTOPUHHUX MeECEHIKepiB, 110 0epyThb
y4acTh Y MOAYJISAII aKTUBHOCTI KOMIIOHEHTiB KaCKaIHUX CUTHAJIb-
HUX CHCTEM.

®ocdoninasu D

Karamituuna aktuBHicTs (hocdosinas D (PLD) cnocrepiraersesa
Ha piBHUX eTamax OHTOTeHe3y DOCJUH i Mae BaKJUBe 3HAUEHHHA
IPU BILIUBi IIMPOKOTO CHIEKTPY abioTuyHUX i GioTMUHUX CcTpeco-
BuX YMHHHUKiB. PLD BHKOHYIOTH IIeHTPAJbHY POJb Yy CTPECOBUX
peaKIigxX pOCJINH, B AKUX OIOCEPENKOBYIOTH Hil0 CTPECOBUX TIOP-
moHiB (ABK, 'KacMoHaTy, eTHUJIeHY), a TAKOK HPOAYKIIiIO ITUX pe-
TyJIATOPIiB.

®Docdouinasu D posmensaiooTs TepMiHadbHUN (GochoedipHUMit
3B’A30K (ocoaimiza. IIpoayKkTamMmu poaIieneHHa € (ochaTumHa
kucsora (PtdOH) Ta BogoposumuHa rosopHa rpymna (cnupt) (puc. 31).
IIi depmenTH MarTh YHiKaJbHY BJIACTUBICTH: ¥ IIPUCYTHOCTI IIep-
BUHHUX CIMPTOBUX TPYI BOHU MOKYTh IepeHOocUTH (ochaTuani
Ha CIUPTU 3 YTBOPEHHAM BiAnoBigHUX (hochaTugumankoroseii. Ilo-
Ii6Ha 000pPOTHICTH Takoi peakIii maa immux gocdosrinas He € Xa-
PaxTepHOIO.

BigmoBigmo mo cyberpaTHOI cnemu@ivHoCTi Ta BUMOT JBOBAJIEHT-
HUX ioHiB (ocdosinmasu D mominsaioTs HA TPU T'PYIIU:
1) sBuuaiini PLD maioTh MaKcuMaJbHY aKTHUBHICTH IIPU MijJiMo-

JApHiK KoumeHTtparii Ca%t (20-100 mM);

ocdoninasa D
doct + Ho~(xomm)
® OH

dochaTupgunxonin dochaTtnpgHa XOniH
Kucnorta

Puc. 31. Peaxiiia, mo Karanisyerbea (ocdoainmazoo D
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2) moaicdochoinosurua-zaneskni PLD Ha#binpm akTuBHI npm Mik-
pomouigpHoMy piBHi Ca?' i cmenudiuni 1o pochaTuamIiHOZUTOI-
noJripocparis;

3) docharnmuainosuroa-cuenudiuni Gochoinasu D e Ca?'-uesa-
JIeIKHUMU.

VY pocamHax mepeBakaroTh 3Buuaiui PLD. Kpim romoBumx
TPHOX KJIACiB, AKi 3acHOBaHi mepeBa)kHO Ha BuUMO3i, iomis Ca?",
PLD mominArTh Ha Ipymnu BiAIOBIZHO M0 aMiHOKMCJIOTHOI MHOCJi-
IOBHOCTi, apxXiTeKTypi reuiB i G6ioximiummx BaactuBocreii. Tax,
B Arabidopsis Bugmineno n’ste raaciB: PLDa, B, y, 0 @t €. Bingb-
micte PLD, mio izenTudgirkosani y Arabidopsis i B iHmmx Bupmax
pocauH, HajdexxaTh 10 KJjaacy PLDa.

ITonipochoinosurun-szane:xkui PLD Oyam oxapakTepuso-
Baui B Arabidopsis, a ¢ocharugmiainosuron-cuenudiuni PLD —
B Catharantus roseus (kaTapaHTyC POKeBUI, Y KBITHUKapPCTBi Bi-
IOMUH OinbIlle SK O0apBiHOK POIKEBUII).

Karaaiz. @epmentu cynepponmuau PLD rigposisyioors docdo-
edpipri (P-0) 3B’aA3KM MIIAXOM JBOKPOKOBOI MiHT-IOHT peakirii,
B IpoIieci AKoi ochaTuana crouaTKy IPUETHYETLCSI N0 (pepMeHTy
(TobTo Basydaerbca GochaTunuia-pepMeHTHUN mocepenHuk). Ilas
HyKJeo(piapHOI aTaku gocdarHoi rpynu cyocrpary ¢ocdorinasu D
BUKOPUCTOBYIOTh KOHCEPBATUBHUN BaJIUIIOK TiCTHUAUHY.

Cyo6cTpaTHa cnenudiunicts. Binbmaricts pocaiunaanx PLD maroTs
HIPOKY cyOcTpaTHy cuenmu@iuHicTh, Biggaioum IpH IILOMY Iiepe-
Bary neBHomy tuny cybcrpary. Hampuraazx, PLDa, B i y yruuisy-
I0Th pochaTuauaxoaid, pocharuguiaerTaHogsaMis i ¢pochaTuauiari-
nepos. Oxaax PLDa cunpHO Bigpisuaersca Bim PLD i vy 38a Heob-
ximmoro piusa Ca?'. Kpim Toro, PLDp i vy, Ha Bigmimy Bixm PLDa,
rizposaisyioTs Takoxk Gocharuauicepin i N-amuadochaTuguieTano-
aamin. Hogua 3 Ca?t-zamesxaux PLD He posiemniioe GpochaTummi-
HO3UTOJI, pocharuguainosuTon-4,5-gudochar i kapmiominia. Toxi
ak Ca’"-mesanesxui PLD, maBmaku, rigpoaisyoTs GochaTuauIiHo3n-
TOJI, ajie He OifoTh Ha (pochaTuauaxoJrin i ¢pochaTummnaeTaHoOIaMiH.

AxruBanig. AxtuBHicts PLD sanexuTh Bim 6aratbox (axTo-
piB — kommenTtpanii Ca?*, minigaoro ckiaany, pH, imosuroidocda-
TiB Ta iH. Haiibingpmr BakJIuBUM (paKTOpoM s 3Bumuaiinux PLD,
rosoBEuM umHOM 1A PLDa, € iomu Ca?". Ha N-repminanemiii mi-
JgHIl MosaexyJs pocanmHHux Ca?t-zanesxuaux PLD posrtamosana
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Ca?"/dpochoninin-ss’a3youa mingHKa, AKy HasuBaioThb C2-mome-
HoM. Ile#t moMeH € TUMOBUM TiJbKU AJA pocaumHHux PLD. 3B’ a3y-
BaunHa Ca’?" cnpuse 3mini KoHdopmalii MoIeKyar, dKa HeoOXimzHa
IJIS IMiABUINEHHS CIIOPigHEeHOoCTi hepMeHTy 10 MeMOpaHHuX JIimigis.

Mexanism axkTuBarii PLD nepenbauae 3B’si3yBaHHSA MOJIEKYJIH
depMmeHTY i3 MemOpanoio. Posumana ¢ppakiisa PLD € meakTuBHOIO.
Baxxausum darxropom axtusaiii PLD e ocuuuamnii Ca?t. Iouu Ca?"
OigBUIIy0Th adinuicTs C2-gomMeny mo meMOpaHHUX (ocdosimigis.
BBaskaernscs, mio came C2-moMeH € BiAmoBigaJbHUM 3a BHYTPIII-
HBOKJiITUHHY TpaHcaokaiiito PLD. Ilocunenns 3B’ssyBamusa PLD
3 MemMOpaHaMu MOJKe SBJATH CcO0OI0 IIBUAKHWI i paHHIN eTam ak-
tuBaIii pepMeHTy B yMOBax CTpecy.

Hocomimxenns piBHS eKcrpecii remiB mokasajo, 1o pisHi iso-
¢opmu PLD maioTh HeoZHAKOBE 3HAUEHHS Yy CTPECOBill Bimmosimi.
B ymoBax HeIOCTATHBOTO BOIOIOCTAUAHHS CTUMYJIIOETHCSA €KCIIPecis
PLDo. Exkcmpecis # akTuBHicTh immux BuaiB PLD mpu BomHOMY
cTtpeci He 3MiHIOETBCS. IIpu MexaHiUHOMY MHOIIKOMMKEHHI JHCTS
Arabidopsis 3pocrae ekcnpecisa reaie PLDB, PLDyl i PLDy2, Toxi
Ak axtuBHicTs PLDo 3pocTae 3a paxyHOK HigBuIlleHHA apimzoCTi
depMeHTy, [0 NPUCYTHi#l B KJIiTMHiI, 4o MeMOpaHu. BigmocHuii
piBeHb excmpecii pisamx PLD sBigpisusersbcsa y Arabidopsis mpu
BILIMBiI HUB3BKOI TeMIIepaTypH, Ba:KKUX MeTaJIiB, COJIi, IOCYXHU, a Ta-
Kok cTpecoBux ropmoHiB ABK i :xacmomoBoi kucimotu. Kpim Toro,
oxui PLD zaB:xau mpuCYTHI B KJIITHMHAX, a iHII € iHAYKOBAaHUMMU.

Ilepenaua curnamy. [IpogykT KatamiTuuaoi aktuBHOCTI PLD —
docharugHa KHUCIOTAa — MOIYJIOE aKTHUBHICTH OaraThboxX MiIlleHeli.
docharugHa KUCIOTA B3AEMOIE He TiIbKMU 3 MeMOpaHHUMU Miliie-
HAMU, ajie i cIpuse 3B A3yBaHHIO 3 MeMOpaHaMu 0araTboX IIHTO-
mrasMaTuyHux O0inKiB (puc. 32).

Ho wmimenei dhochaTuaHOI KUCJIOTH HAJNEXKATh ITPOTEIHOBI Ta JIi-
migHi Kimasu, gocdarasu, Qocdosrinasu, ioHHI KaHaAW W aKTUBHI
TpaHcMeMOpaHHi ImepeHocHuKH, Hamnpukiaazn Ca?'-ATPasu, mo as-
TOiHTiOyIOThECA. PochaTUIHOI KIUCJIOTOI aKTHUBYETHCA (ochaTu-
IuaiHo3uToa-4-pocdar-5-kinaza — ¢epMeHT, 1[0 KaTallidye yTBO-
perHAa docharuauainosuTtosn-4,5-gudochary. [[ana cmoayka € cyo-
CTpPaTOM i 0 TOTO K TOJIOBHUM (PpaKTOpoM aKTuBaIlil mosripocdo-
imosuTua-cruenudivaux gocdoiinas C. Takox BBayKaoOTh, 110 ¢oc-
daTugHA KUCJIOTA 34aTHA 0e3ImocepeIHbo B3aeMoIiATy 3 Pocdoina-
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damu C i A, Ta MomyoBaTU iXHIO aKTUBHICTH, BIJIMBAIOUM Ha iH-
TEHCUBHICTh CHUHTE3y HU3bKOMOJIEKYJAPHUX peryadaropiB. Tarkum
yuHOM, akTuBamnisa PLD i moganibiie yrBopenHsa QochaTugHol Kuc-
JIOTY TIPUBOJATH [0 CTUMYJIOBAHHS CUTHAJIBHUX CHCTEM, OIIOCEPe]-
KoBauux (ocdorainasamu C i A,, B TOMy UHMCJIi OKTaJeKaHOITZHOTO
nuaxy (auB. maui).

dochatnann- docdatngHa
XONiH KNCnoTa
- ‘ 5 nepegava
curHany
xoan aKTVIBHl/IVI

6inoK-milleHb
HeaKTVIBHVIVI

6inok-mileHb

Puc. 32. Ilepemaua cur"auay udepes ¢ocdoiinazy D

PLDo mae BupimajsibHe 3HAaUEHHS B PETYJIAIIl 3aKpUBaHHSA IIPO-
auxiB, mio iHAyKyeThea ABK 3a ymMoB BomHOTO cTpecy. Y 3aMHKa-
ounx KaituHax ABK aktuBye PLDa, a dochaTugna Kucaora, axa
YTBOPIOETHCSA, PETYJIIOE MONAJBIIN MOAil, AKI MPUBOAATEL M0 iHTiOY-
BaHHA IOTJIMHaoUnx K'-KaHasiB i 3aKpuUBaHHS MPOAUXiB.

®ocdoninasm C

Docporinasu C (PLC) rigposisyiors riinepodocharauit edip-
HU 3B’s130K (pocoJIimigiB y mpoireci 4oro yTBOPIOIOTHLCSA Tialfui-
ruinepodt ([IAT) i BinbHa dochopuiiroBaHa rojsopHa rpymna (puc. 33).

docdoninaza C

OH

docdarnguniHosnTon- Apiaynnrnigepon iHO3UuTON-
-4,5-pudocdar -1,4,5-tpudocoar

Puc. 33. Peaxiida, 1mo Karanisyersesa docdosrinasono C
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Docdoirinasu C € MUTOILIA3MATIYHIMY MOHOMEPHUMHU OiJIKaAMIU’.
MoJeKyJasapHiI CTPYKTYpU pPisHUX idodopM MaioTh mOomiOHI Ta yHi-
KaubHi prucu. Ha N-KiHIAX moinmenTuAHUX JaHIIOTIB ycix docdo-
ainasd C jokasizoBaHi AiISHKM, HeOOXimHI aad mpuemHaHusa Qep-
MeHTY g0 memOpanu. C-KiHIleBa 00JsacTh 3a0e3leuye JOJaTKOBL [Ii-
JISHKY 3B’SI3YBaHHS MOJIEKYJIM 3 MEMOPAHOI Ta BUKOHYE PeryJsi-
TOPHI GyHKIII — uepes Hel 3MIMCHIOETHLCS B3aEMOMis 3 PETYJIATOP-
HuMu Ginkamu. [[Ba KOHCEPBATMBHUX AOMeHU (DOPMYIOTH Yy MOJe-
kynax PLC karamituununii medaTp. IIpuyomMy Iii JOMEHH MOMKYThb
OyTu posTalioBaHi 0JM3BKO OAWH OO OAHOTO abo PO3mijieHi Besu-
KOI0 aMiHOKMCJIOTHOIO IIOCJIiOBHICTIO, sIKA BKJIIOUAE OiJIAHKN, He-
00ximHi mya 3B A3yBaHHS 3 PEryJsSTOPHUMU OiIKaMu.

Bigmosiguo M0 cyb6erparHoi cmemudiunocTti Ta pyurmii PLC
MOKHA IOMIJIUTH HA TPU TPYIU:

1) moaicdocdoinosutua-cnenudiuni PLC rigposisyors dochaTu-
IuaiHosuToanoripochaTn;

2) mecuemudiuni PLC gmitors Ha docharuguaxosin i pan inmmx
dochouinigiB (ockinbKY hepMeHTH ITiel Ipynu mepeBaskHO PO3-
HIEeILTI0Th PochaTUAUIXOiH, IX TAKOK Ha3WBAIOTh (ochaTu-
munxonain-cuenudiuui PLC);

3) raikosixdocharuguainosuron-cunenudiuni PLC (GPI-PLC)
Bimmmenmo0Th 0inKu (TiikompoTeinm), 3aAKOpeHi Ha MeMOpa-
HaxX 3a JOIIOMOTOI0 TJIIKO3UIHUX 3B’ A3KiB uepesd (ochaTuami-
imosuTosa. GPI-zaskopeHi GiJIKM € eKCTPaKJITUHHUMU i PYyHK-
IioHYIOTh AK epmeHTH (hocharasu, HiTpaTpPeaAyKTa3M), PEIlel-
TOPHU, IO B3AEMOJIIOTH 3 €KCTPAKJITUHHUMH JirangaMu, abo
MaTpPUKCHI OiTKM KIiTMHHOI cTiHKM (apabiHorajsaKTaHIIPOTEIH).
Cepen dochoainaz C moaidochoinosurug-cuenudpiuai PLC

(PI-PLC) zaiimaioTh ITeHTpPAJIbHE IIOJIOKEHHS B CUTHAJIBHUX MeXa-

HizMax.

MonidochoiHosutTna-3anexHi dpocdponinasu C

Perynsauia aktuBaocTti. Bei pociuuni PI-PLC micTars momenu
X (#170a/k) i Y (=260a/k), Axi meoOxigui mas docdoecTepasHol
aKTUBHOCTi, a Tako:k C2-momen Ha C-TepMiHaJIBbHOI MiJIAHIII MoJie-
KyJau, yepes3 Sk saiiicHoerhea Ca’?'-zasesxHe 3B’sa3yBaHHA (ocC-
dopunrboBaHux (Gopm dochaTuauaiHO3UTONYy. B MOJIeKyIi pociiH-
Hux PI-PLC, KpimM KaTajaiTUYHOTO IIEHTPY, HEMAa€ iHINX cHelia-
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JidoBaHUX MiNAHOK AJA 3B’ sA3yBaHHA 3 MeMOpaHO0. [logaTKOBUMU
mingukamu B3aemonii PI-PLC 3 memOpaHaMu MOMKYTb CIYKUTU
MeMOpPaHO3B’ A3aHi CUTHAJNbHI MOJEKYJH, Uepe3 AKi 3miliCHIOEThCS
aKTUBAI[iS Ta PeryJadAlis akTuBHOCTi (ocdoiimas.

Pocauuni PI-PLC — Ca?'-zanexui ¢pepmentu. Ioun Ca’" HeoO-
XigHi He TiMBbKU s e(eKTUBHOTO 3B’ A3yBaHHS (DePMEHTY 3 MeMO-
paHOO, BOHM TAaKOK BILJIMBAIOTh Ha KaTajmid. ¥ KJiTmHaX poc-
anH BussieHa akTtubHicTh PI-PLC, mjo acomiiioBana 3 meMmOpa-
HaMU Ta B PO3UMHHIN (parmii. [Ina meprmoi xapakTepHa aKTUB-
HicTh Opu MiKpoMoJsgpHHUX KoHIeHTpamisx Ca?", a mgiag gpyroi —
mpu MimimonapuHux. 1A ocobsmMBicTh € TOKa30M TOTO, M0 aKTUB-
Hicth PI-PLC MozayiioeThbecsi, KpiM yChOro, CYyOKJITHHHOIO JIOKAJIi-
sarieo gocdoainas C.

YV mexamismi peryasmnii aktusuHocTi PI-PLC BakauBum € min-
TPUMAaHHSA IEeBHOTO PiBHA pPisHUX izodopM Iux (pepMeHTIB y TKa-
HUHaX. ¥ Pi3HMX TKAHWHAX CIOCTEPiramThbCA BiAMOBiAHI 3pasku
excnpecii remis PI-PLC. Kpim Toro, reunu, mo xoxayoTts PI-PLC,
IudepeHIiliHO eKCOpPecyoThCs 3a BiAIMOBIZHMX B30BHIIIHIX yMOB.
Hanpukinazn, mig gyac mocyxXm B JHCTKaX KapTOILIi piBeHb TpaH-
ckpunrtis PLC1 sHmxyerscs, PLC2 migBuinyerscs, a PLC3 zanu-
MIA€THCSA HE3MiHHUM.

OocoaTuauninosuton i iioro noxigHi

ITonmigochoinosurug-sanexui Gochosinasu C posIIENIIOTH
pisHi Buau docharumguiainosutumis. He Bci 1i cybGerpatu MamTh
CUTHAaJIbHe 3HAUeHHA. PaAn pepMeHTiB, SKi KOHTDPOJIOIOTH CUHTE3
i pocopunoBanaa GochaTUAUITIHOBUTONY, CJIiJ POSTAALATH SK
CUTHAJIbHI €H3UMH, OCKiJIbKHU BiJ IX aKTHUBHOCTI 3aJIEXKUTH KOHIIEH-
Tpalia momepegHUKIB BTOPDUHHUX MECEHIKepiB, a oTKe, epeKTus-
HICTh CUTHAJbHUX MeXaHi3MiB.

Cunres iHo3UTONIY Ta (hochaTUANITIHOZUTOTY. ¥ POCIUH BUSBJIEHO
IeB’SITh CTEePeoi3oMepiB IIIeCTUATOMHOIO IUKJIIUYHOIO CIIUPTY iHO3U-
rosry. Hatimomupenimmit 3 aux — mio-imo3uroa. Ileir isomep BXO-
IUTH 0 CKJIaIy MeMOpaHHUX JIIiJiB i € OCHOBOIO CUTHAJBHUX iHO3MU-
Tosadocdaris. CuHTE3 Mi0-iHOBUTOJY 3AiMCHIOETHCA 3 TJIFOK030-6-(hoc-
dary. ConouaTry Mmio-iHo3uTOJ-1-pochar-cuaTaza (II0K030-6-(oc-
daT-1uKJI0aNIba0Ja3a) KaTalidye yTBOPeHHS Mio-iHo3uToJI-1-(doc-
dary, AKui motiMm gedochopUIIEThCS iHO3UTOJI-1-ocharasoro
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no mio-imosurony (puc. 34). Ilix miero dochaTuanIiHOZUTOJ-CUH-
Ta3W Mi0-IHOBUTOJI BKJIIYAETHCA N0 CKJIALY (pochaTuaniIriHOSUTOIy
(PI) — mosnapuoro memOpanHOTO Jimigy. ¥ 1iti peakmii docda-
TUAHA KHCJIOTA IIePeHOCUTHCS BiJ MiallMIrIinepos-ruTusuiagudoc-
dary mo mio-imosuroay. IloTim dochaTuauaiHOZUTON MiALAETHCA
HEKOBAJEHTHUM MOAU(MIiKaIiaM IIAXoM (GochopUIIOBAHHS Ta Je-
dochopunioBanusa. PochopunboBadi popmu PI posiemnaioooTbesa
CUTHAJIbHUMU IoJidocoinosurun-sanexaumu Gocosrinmazamu C.

Momudikanis gpocharuguiainosuronay. IHosuTonbHE Kijnbile doc-
daruguainosuToay Qochopunoerbesa cuenudpivyEuMU KiHazsamu
y mojoxkeHHAX 3, 4 i 5. CybcrparHa cmenmu@iu”icTh IUX KiHas
i mabopu IpoAYKTiB (hochopuIIOBAHHS Y POCJUH i TBAPUH HMEeBHUM
YMHOM HOJi0Hi, MpoTe He € aOCOJIIOTHO iZeHTHYHUMU. Hanpukian,
y pocyauH (GochaTUANIIHOZUTOJ MOKe OyTHm omHOuUacHO (ocdopu-
JBOBAHUM TiJIBKU Yy JBOX IOJOKeHHAX (mepeBaskHo 4 i 5 abo 3
i 5), Toxi AK y KJiTMHAX TBapWH MPUCYTHiN Tpuui dochopusiboBa-

CH,0®
o _Mips Ptase _
FNI0KO30- iHo3uTON- Mio-iHo3uTON
-6-pocdar -6-pocdar
DAG-CDP, ® ©
€ 5
®
® ®

® ®
PlaK 0. PI4P5K ew

(T w0
® ®
® ®
PI-3-P PI-3,5-P,
3-Ptase
( ®
® 4-Ptase

PI-5-P
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auii PI y momoskenuax 3, 4 i 5. [I[pyra BigmiHHiCcTS mosisirae B TOMY,
0 V POCJWH iHOBUTOJ y IOJIOXKEHHI 3 (ochopUIeThCa TiIbKHU
y ckaanmi (ochaTuauaiHO3UTONY, ajie He iioro (ochopuIbOBAHUX
noxigaux — QocharuguainosdurondochariB (hocharTuguainosu-
TUIiB).

B yrBOpenHi meBHux (opm docharuauirinosuroadocdarin oe-
PYTh y4acTh Takoxk cmemudiuni ¢ocdarasu, 10 BUAAIAIOTH (oC-
daTHi rpynu 3 MoJaerkyJa (pochaTUIUIIHOSUTHULIB. Y3TOdKeHa po-
b6ora kiHas, ¢gocdaras, a Takoxk Gocdosinas cupude IiATPUMILI
B KJIiTMHAX MEeBHUX KiJbKOCTEH CIIONYK, HeOOXimHMX IS PyHKIL-
OHyBaHHSA 0araThboxX KJIITMHHUX IPOIlECiB, TAKUX AK (POPMYyBaHHSI,
TPAHCIOPT i JOKYBAHHS BE3UKYJI, 3aJIyYEHHs 0 MeMOpPaHU Ta MO-
OYJIAIlisgd akTUBHOCTI (pepMeHTiB i perynaTopHuX OiJKiB, a TaKOXK
mepefada BHYTPIITHBOKJIITUHHOTO CUTHAJIY Ta 0araTboxX iHINHX.

Docharnguainosuron-3-docdar (PI-3-P) Baxxmusuit gna Tpa-
(iKy Be3HKYyJ 0 BaKyoJIi, mpoiidepalrii kaiTue Ta oprauisarii mu-

Puc. 34. Cunres inosutoay ta ¢ocharuguirinosuToi-gpocdariB y POCIUH.
VYMOBHI TTO3HaUEHHA:

DAG-CDP — gianuaraineposa-muruguianudocdar;

CMP — muruazmamonodocdar;

DAG — pianuarminepou;

PI — docharuguminosurolr;

PI-3-P — (ocharuaunainosutoa-3-docdar;

PI-4-P — docharuguninosuton-4-docdar;

PI-5-P — (ocharugunainosutoia-5-docdar;

PI-4,5-P, — docharugunainosuron-4,5-gudocdar;

PI-3,5-P, — docharuguiainosurosn-3,5-gudocdar;

I-1,4,5-P; — inosuton-1,4,5-tpudocdar;

IP, — imosuron-nmenrakicdocdar (imosuron-1,2,4,5,6-nearadocdar);
IP; — imosuroxa-rekcakicdocdar (imosuron-1,2,3,4,5,6-rekcadocdar);
MIPS — wmio-imosuro-1-docdar-cunrasa;

Ptase — docdarasa;

3-Ptase — imosurosnimia-3-gocharasa;

4-Ptase — imosurosutimia-4-gocdarasa;

Kinases — kinasm;

PISK — docharuanininosuTtosn-3-Kinasa;

PI4K — dochatuguninosuron-4-kinasa;

PISP5K — docharuaunirinosurosi-3-pochar-5-Kinasa;

PI4P5K — docharugunirinosurosi-4-pochar-5-kinasa;

PIS — dochaTuanniHO3UTON-CUHTA3a;

PLC — docdoainaza C
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Tockesery. Kpim Toro, PI-3-P € BaK/JIMBUM IPOMiKHUM HPOLYKTOM
cuutesdy Ghocharugurinosuroa-3,5-gudochary (PI-3,5-P,). YrBo-
perHa PI-3-P y pocaun KaTanisyeTbes (ochaTuauiiHO3NTON-3-Ki-
Ha3010, axa dochopuatoe PI go docharugurinosuTos-3-dochary
(puc. 34). PosrisgaeTbcsa TaKoXK cuUrHajbHa poasb PI-3-P. Baa-
JKaeThCdA, IO IS CIOJIyKa, peryiaopoun piBeab APK y kiaitmmax,
omocepesKOBYy€E€ MexXaHidM BiIKpPWBAHHS NPOAUXiB, AKHI IHAYKY-
etbcsa ABK.

docharuguixinosuron-4-gochar (PI-4-P) e nmepepaskarouoro
¢opmoio moaidochoinosuTugis y pocauu. PI-4-P 6epe yuacTs y BHY-
TPIMIHBOKJIITUHHIN poTallii memOpanHoro marepiany. CuaTesy-
eTbca 3 GocharuamiainosuTosny (pochaTuauIiHO3UTOI-4-KiHA3010
(PI4K) (puc. 34). IIpo BasKJIUBIiCTh POJIi Ili€l CIONYKY CBIiIUUTDL TOM
dakKT, 110 «HOK-ayT» MmyTallis oguoro 3 remis PI4K y Arabidopsis
AtPI4Kb npuBoguTh A0 iHriOyBaHHS BE3HUKYJISAPHOI'O TPAHCIIOPTY
ua 50% . Bimomi aBi rpynu depmenTis dochaTuaguaiHo3uTON-4-Ki-
Ha3: meMOpaHos3B’aA3aHi (45—55 K/l) i GiIBIIT BUCOKOMOJEKYIAPHI,
nepeBaskHo po3umHHi (110-210 ®I). ¥V pocauH 3HaWgeH]i TiIbKU
meMmOpaHo3B’a3ani PI4K.

docharuguainosuron-5-gpochar (PI-5-P). ®dyuxiii miei cmo-
JYKHU Y POCJUH OCTATOUHO He 3’scoBaHi. YTBopioeTbcsa PI-5-P minsa-
xoM gedochopunoBanHa (pochaTuauaiHO3UTON-3,5-qudochary
(PI-3,5-P,) abo docharugunainosuros-4,5-nudochary (PI-4,5-P,)
(puc. 34). Bmict PI-5-P y pocaun HabaraTo BUIIE, HiK y TBapuH.
Armio y TBapuHHUX cucTeMax KoHIieHTpalis PI-5-P, sasBuuaii,
He mepeBuinye 2% Big sarambHOTO BMicTy (ochaTuINIiHOSUTO-
docdaris, To y pociuH MoKe BapiroBaTu B Mexkax Bim 3 mo 18 %.

docharnaurinosuron-3,5-nudocdar (PI-3,5-P,) cunresyerbcs
3 (ocharuguainosuroa-3-pochary (PI-3-P) docharuguainosu-
T01-3-hocar-5-kinasoro (puc. 34). PI-3,5-P, 6epe yuactb y GyHK-
mionyBauHi Baxkyousi. IIa cmosiyKa BUKOPHCTOBYETHCA OJIs 3aJy-
YeHHS Ta 3JUTTS BE3UKYJ i3 TOHOIJIacTOM. 3a YMOB OCMOTHY-
HOTO CTpecy, 3MEHIIIYEThCSA 00CATr BakyoJii i, BigmoBimHo, mjoIa
moBepxHi ToHOMmIacta. Ile BimOmBaeTbcsa Ha ePeKTUBHOCTI pobOTH
TpaHCMEeMOPAHHUX IIEPEHOCHUKIB i IMiATpUMII TpaHCcMeMOpPaHHOTO
rpafi€eHTa IPOTOHIB HA TOHOILJIACTI. IK KOMIIEHCATOPDHUI MexXaHi3M
y OPisKI:KiB cmocTepiraerhesa parMeHTaIlisi BaKyoJIi Ha KiJIbKa uya-
CTUH — TaK 30iJbINYyEThCSA CyMapHa ILIOIa BaKyOJsIPHOI MeMOpaHu.
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Y myraHTiB, AKi He cuHTe3dyioTh PI-3,5-P,, manuii mexaHism mo-
pyuienuii. Kpim Toro, meii Jgimig cTUMyJiloe akKTUBHICTh BaKyoOJIsap-
wHoi H*-ATPasu. Takum umaoM, 3a yuactio PI-3,5-P, KoHTpOJIO-
€TbCA IITiCHICTh/(hparMeHTapHicTh BaKyOJIi Ta MiATPUMYETHCS TOHO-
IJIACTHUM T'PaJi€eHT IIPOTOHIB Ha BigmoBigHOMY piBHi. BBakaerncs,
10 HMOAiOHMI MexaHi3M (PYHKI[IOHYE y POCJIUH.

docharuaguainosuroa-4,5-nudocpar (PI-4,5-P,) € mxepesom
inosuroi-1,4,5-rpudochary (IP,), AaKnit yTBOPIOETHCA IIPU POIIIETI-
JeHHi mporo Jimigy docdomainaszoro C. Cunres PI-4,5-P, rarasmisy-
etbes ocharunurinosuroa-4-gocdar-5-kinazoro 3 hocharuauaino-
surtoi-4-pocdary (PI-4-P) (puc. 34). Imosipao B remomi Arabidopsis
Konyetbcsa 9 remiB PI-4-P-5-kinmasu. PiBenb akTuBHOCTI mux ¢ep-
MEHTiB € CYTTE€BUM s (pyHKIiomyBaHHA (ocdorrinmaza C-zamex-
HOro curHaJinry. AxtuBHicTs PI-4-P-5-KiHasu 3HaUHO 3pocTae IIpu
3miHi 30BHiMmHIX ymMoB. BmicT PI-4,5-P, v KiiTrHAX BUITUX POCIUH
Ha TOPAJOK HIUMKUYe, HiK y TBapuH. OZHAK Ile 30BCiM He O3HaAdae
MEHIIy 3HAUYMIiCTh i€l cnogyKu ajsd pocauH. Husbkuii Bmict PI-
4,5-P, miaTpuMyeThCs BUKJIOYHO 38 PaXYHOK BUCOKOI aKTUBHOCTI
dochoiinasu C B yMOBaxX, 3a AKUX CTUMYJIIOETHCS JaHa CUTHAJIbHA
cuctema. KoHIleHTpaIlis cyocTpaTy € OCHOBHUM (haKTOPOM PeryJIAaIii
aKTHUBHOCTiI OaraTtnbox isogopMm pocaumHHUX (Qocdorinas C, i B paxi
BUTIAAKiB, OKpim mmigBuIienHs Koumentpariii PI-4,5-P, Ta ontumab-
HOl KoHmeHTpamii iomis Ca?', He moTpi6HO IHIMIKX MeXaHI3MIB ak-
tuBatii nux ¢epmerTtiB. Ili ocobsmBocTi peryisAilii 3a6e3meyyoThb
BHCOKY UyTJHBicTh (hocdoiainaza C-zamesxHol CUTHAJIBLHOI CUCTEMMU.

Curnansua posab PI-4,5-P, BusHauaeThcA He TiJIBKU TUM,
110 BiH € IOIepeJHUKOM BTOPUHHOTO MeceHm:Kepa IP;. Ileaxi dax-
TOPY TPAHCKPUIIL] JOKYIOTHCSA OO0 ILJIa3MaTUYHOI MeMOpaHu uepes
PI-4,5-P,. AxkruBatia dochosminazu C mpuBOIUTL A0 BUBIIHLHEHHS
PeryiAaTopiB reHHOI aKTUBHOCTI, HiCJISI YOr0 BOHU MITPYIOTh ¥ AIPO
Ta MOAYJIIOIOTH aKTHUBHICTH T'eHiB.

Kpim curmanwnHOi poJi, mepenbauaersca yuacts PI-4,5-P,
y TpaHcmopti Be3ukyJa. I{a cmonyka, MabyTh, peryjroe AUHAMIiU-
HUH cTaH aKTuHY ueped mpodinin (G-akTuH 3B’a3yrumnii 6iJ0K).
JlokanpHe HakonuuenHsa PI-4,5-P, Ha miasmanemi cmpuse cpAaMo-
BAaHOMY €KB30I[MTO03y, BHACIiIOK AKOro KJiTWHa OyJe POCTH y IIeB-
HOMYy HanmpaMmKy. Ilogionuit mexanism 3a yuactio PI-4,5-P, amificHto-
€ThCs IPU (POPMYyBAHHI KOPEHEBUX BOJIOCKiB i MPOPOCTAHHI IHJIKY.
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Pl-PLC-onocepepKoBaHMi1 CMrHaniHr

CurnanpHu#t Mmexauism 3a yuactio PI-PLC € BaxkiuBuUM AJIs1 Bif-
MOBiAi pocJMH Ha PiBHI CTUMYJIM, BKJIOYAIOYU OCMOTUYHUI CTpecC,
ABK, cBitio, rpaBirarito, BIJIUB maToreHiB Ta 3abpynuenus. ITig
miero mux (PAKTOPiB CTUMYJIIOETHCSA aKTUBHICTH moJidocdoino3u-
Tug-cuenudpiuaoi gocponinasu C i dpocharuguainosuToa-4-poce-
dar-5-kimasu (PI4P5K) — KiiouoBoro ¢gepMeHTy cuHTe3y (ocda-
TuauIino3uToa-4,5-nudochary, akuit € cyéerparom PI-dpocdouri-
nasu C. Ha QyHKI[ioHyBaHHS IIHOTO CUTHAJBHOTO NIJIAXY 3HAYHOIO
mipoio BmimBae (ocdosrinaza D. IIpoaykr xaranisy PLD — docha-
THUOHA KUCJ0oTa — 0es3rnocepeHbO B3aeMonie 3 dochaTuauIiHO3HU-
Tosa-4-pochar-5-kinazoro (PI4P5K) i aktusye ii (puc. 35). 36ian-
IeHHsA KOHIeHTpaIii gocharuanainosuron-4,5-gudochary € oc-
HOBHUM (harkTopom akrtuBaiii PI-PLC.

PI-PLC posmiemnoe docharuguainosurtos-4,5-gudochar (PIP,)
Ha iHosurou-1,4,5-Tpudochar (IP;) i mianmuarainmepon (DAG)
(puc. 35). ¥V rBapun IP; 3B’sasyernca 3 Ca’'-kamasamu, IO CTH-
myaiooTbess 1P, (IP;-pemenTopamu), JOKaJi3oBaHUMU Ha MeMOpa-
nax EIIP, i crumyiaioe BuBiibHeHHA ioHiB Ca?’, a DAG Gepe y4JacTb
B axkTuBallii nporeinkinasu C. ¥ pociauHax He BUABJIEHI IOMOJIOTH
mimeneit IP, tTBapun (IP,-penenTopu) Ta nporeinkinasu C. Pasom
3 THM, iCHYIOTH JOKAas3M TOTO, IIf0 MoOimizamis iomis Ca?' Ta Kajb-
1mieBi ocrmasanii BigirparoTs BakauBy poJsb y PI-PLC-omocepenko-
BAHOMY CUTHaJbHOMY HIIAXY. ChOTOOHI TOUHHI MeXaHi3M Kajb-
miesux ocnuaArnii B8 PI-PLC-omocepenxoBanomMy KacKafi POCIUH
He Bimomuit. Ao IP;-uyrausi Ca?'-kaHanu MPUCYTHI B POCJIUH-
HUX KJITMHAX, TO BOHM IPUHIIMIIOBO BiAPi3HAIOTHCA 3a CTPYKTY-
poro Bij momiOHWMX MOJIeKYJ TBapwmH. He BUKJIOUYAETHCA MOIKJIU-
BicTh TOrO, 10 IP; He Mae Ge3mocepeAHBOTO BiMHOIIIEHHS A0 aKTH-
Barii Ca?"-kanaimis.

IligBuinenssa piBHa iomis Ca?' B muromaasmi miJ BIIMBOM
PI-PLC, B cBoio uepry, cupuse crumyiamoBanuio PLD. Iouu Ca?*
CIIPUSAIOTH 3B A3yBaHHI0O PLD 3 MemOpaHamMu, BHACJiZOK YOro Ieit
depMeHT aKTuUByeThca. Takum umunom, pepmenTtu PI-PLC, PLD
i PI4P5K cTBOPIOIOTH NMO3UTUBHY PETYJISATOPHY IETJIIO.

Kpim Toro, 1o posienienusa gocharuauiainosuTtos-4,5-gudoc-
daTy IPUBOAUTH O CUHTE3Y PiBHUX PETyJATOPiB (BTOPMHHUX Me-
CeH)KepiB), 3HMMKEeHHA PiBHA dochaTuanriHosuTos-4,5-gudochary
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nig giero PI-PLC umuuUTHL perynasaTopHy Aifo immmoro maamy. Ilo-
nepire, PI-4,5-P, € perynasaTopom Hu3KuU MeMOpPaHO3B A3aHUX (dep-
MEHTiB, IO-IpPyre, IS CIOJYKa MOJKE CIYMKUTHU CANTOM /s IIPU-
KpimIeHHs 40 MeMOpaHU AeAKuX (PpyHKIIioHaJbHUX OiIKiB, y TOMY
yucai, 6iJIKiB mMuTOCKeaeTy, (pepMeHTiB, PeryaAaTopiB TPAHCKPUII-
1ii. Posmiennennsa PI-4,5-P, mpuBoAuTh M0 BUBiIJILHEHHS TaKUX
0inmkiB, 1Mo cupusae 3MiHiI Ix Jiokasisarii i BigOuBaeThcAa Ha aKTUB-
Hocti. Hanmpuknan, uepes PI-4,5-P, 1o meMOpaHu TpUETHYETHCS

docdatngHa niaywn-
Kucnora Pl-4-P Pl-4,5-P, rnivepon
® - PI4PSK PI-PLC P
. H . ATP ADP ATP
O N\
GLD (< \ PI4P5K ® DGD
XOSiH | ® ADP
E PI4P5K |:’WW
®
X -
ok <
docoavgun- ® PAD
xoniH @ =
1-1,4,5-P; ADP
v hww
I'Iip,BVIU.]eHHFL ®®
; ; KOHLieHTpaLji
| | ioHig Ca?* bapp
V V y uMTonnasmi ,/'
nocnabneHHs NOCUNEHHA moaynauis
ayKCUHOBOTO curHany aKTUBHOCTI
curHany i3onenymH>KacmoHaTy depmeHTiB

Puc. 35. Curnanpuuii Mmexauism, omocepenxoBanuit pocosrinazavu D i C.
YMOBHI TO3HAYEHHSA:

PI4P5K — docharugmrinosurosi-4-docdar-5-Kinasa;

PI-4-P — ¢ocharuguninosuton-4-pocdar;

PI-4,5-P, — docharugunainosuron-4,5-gudocdar;

1-1,4,5-P, — imosuron-1,4,5-Tpudocdar;

1P, iHosuTos-neHTakichocdar (imosuros-1,2,4,5,6-menradocdar);
IP; — imosuToxn-rekcakicdocdpar (imosuron-1,2,3,4,5,6-rexkcadocdar);
PI-PLC — moaidgochoinosuruz-crnenudiuuaa docdoinasza C;

DGK — piamuiarmiinepoJkinasa;

PAK — docdarigarkinasa;

DGPP — pgianmuarmaineposi-mipodocdar
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peryasaTop regnoi aktusHocTi Tubby. BuBiibHEeHHS IILOrO peryis-
TOpa BHACJIZOK akTuBailii gocgosrinasu C mos3Boise 6iIKy mirpy-
BaTH y AAPO Ta OpaTu ydacThb y MOAYJIAIIl exkcipecii cuoemudiuamx
TeHiB.

IMoximui iHo3uTo0-1,4,5-TpUdocdary. 36iblIeHHSA KOHIEHTDA-
uii IP, y pocamaHuUX RiaitTuHax BHaciaimok axktmsalii PI-PLC cru-
MYJIIOE IIOSIBY Pi3HUX BHCOKO(OChHOpUILOBAHUX (POPM iHOBUTOIY
(IP,) (puc. 34, 35). ¥ pocauH, Ha BigMiHy Big TBapuH, (QpyHKIiO-
HYIOTh YMCJeHHi Kinasu Ta (ocharasu, ki 0epyTb ydyacTb y Me-
rabosnusanuu IP;. ¥Ysromxena pobora nux (epmMeHTIB cupaMoBaHa
Ha miarpumky nyay IP, B meBHOmy cmiBBigHomenHi. [na med-
KMX 3 IIUX CHOJYK BCTaHOBJeHi MmimieHi. IHo3uToam-rekcakicgoc-
dar (IPg) 3’asyerbess 3 F-box pemenropaMu ayKCUHY, SHUMKYIOUHN
YYTJAUBICTS KJITUH 0O IIOTO TOpMOHY. IHO3UTOI-TIeHTaKichochar
(imosuroi-1,2,4,5,6-nearadochar — IP;) sB’sssyernca 3 F-box pe-
IHenTopaMu i30JIENITNH-2KaCMOHATY, IOJIETIIYIOUN iXHI0 B3a€EMOIiI0
3 TOPMOHOM.

Cepen Bucoxo(dochopuIbOBaHNX iHO3BUTOJIIB BUABJIEHO (GHOpPMU,
o micTATh mipogocdarui rpynu. Huui oO6roBoproeThcsa IOTEH-
nifina pouss IP; i IP; ax curHaspHUX MOJIEKYJ i mgskxepes (ocdary
nas 6iocuntesy ATO.

Bepyuu mo yBaru KinbKicTh pisHOMaHITHHUX (pochOpUILOBAHUX
iHO3UTOJIiB, MOKHA NPUIIYCTUTHU, IO AeAKi 3 HUX HOB’sA3aHi 3 pe-
ryadaniero Ca’?"-Kamamis.

IMoxigai miamuarmimepoay. Mimeni miamuaraimepoay (DAG)
B PI-PLC-3ane:xHoMy MexaHismi y pocauH He 3HangeHi. Iiamw-
rJIilepos, IKUU YTBOPIOETHCA B pesyJsbraTi riaposizy PI-4,5-P,,
dochopunoerbea miamuarainmepoarkinazow (DGK) mo docharun-
Hol Kucaotu (PA) (puc. 35). Mexanism perenepartiii docharugroi
kucaotu 3 DAG ny:Ke momupeHuit y mpupoai ta GpyHKIioHye, 30-
Kpema, y TBapuH. OgHak y pocauH QochaTugHa KUCIOTA TeX (doc-
dopunioeTbea npu axkTuBaiii docdorainasz C i D. docharumarki-
Hasza (PAK) karanisdye yTBOpeHHs miamuarainmepoJi-mipodocdary
(DGPP). 3uauenna DGPP monsrae, macammepen, y IocJjabJeHHi
curHauny, AKui mepenaetrbesa uepe3 PA. Ilpore B mamuii uac Ta-
KOK He BUKJIOUYAETHLCS MOKJIMWBICTH iCHYBaHHSA MiIllleHel, Ha SKi
6u BrmumBas DGPP. ¥V Bumux TBapuu (QocharugaTkinasHa akKTUB-
HicTh i mpucyrHicts DGPP y KiaiTuHax He BUSABJIEHO.
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OckinbKHU He giamuariainepoti, a ochaTugHa KUCIOTA 1, MOIK-
JUBO, AiamuiariimepoJ-nipodocdaT B3aeMOLilOTh 3 HayHCTPUM
CUTHAJbHUMHI MOJIEKYJIAMH, TO (pepMeHTH mialluJTrJIilepoJKiHasza
Ta ochaTugaTKiHaza, IKi IOCIiTOBHO KaTaIidyiOTh IePeTBOPEHHS
DAG — PA — DGPP, BBa:kamThCcsA BaXKJIUBUMU CUTHAJIBHUMU (ep-
MeHTaMH! B paMKaxX POCIMHHHUX CUTHAJbLHUX cucTeM. KiabKicThb
DGPP i PA cyBopo perymoeThCsa Ta 3aJeKUTh BiJf aKTUBHOCTI [Ii-
aluIrIilepoakinasu, gocharumaTkinasy Ta iIX aHTaroHicTiB — ce-
mudiuaux Qocdaras, axi gedochopuaoiore DGPP i PA.

KopoTtka cxema CHMTHAJIBHOTO MEXaHiZMy, OIMOCEPEIKOBAHOIO

PI-PLC.

1. AxrtuBaiisa moaidgochoinosurun-cruenudiunoi docdoainasu C
i pocharugnrinosuTos-4-pochar-5-kinasu.

2. Posmiemnenua gocharuguiainosuron-4,5-gudochary Ha iHO3U-
Tos-1,4,5-Tpudocdar Ta giamuargaiinepos.

3. CuHTe3 HUBBKOMOJIEKYJISAPHUX PEryJATOPiB (BTOPUHHUX MECEeH-
I:KepiB) i3 mpoaykTiB posmaxy PI-4,5-P,: Bucokodochopuibo-
BaHUX (OpM iHO3UTOIY, (pochaTHUAHOI KUCIOTHA Ta TiaIlWJITJIi-
nepoJi-mripogocdary.

4. Mopaynsaiisa akTUBHOCTI MillleHel BTOPUHHUMU MeCeHKepaMu.

®ocdoninasm A,

®ochominasu A, BimmmenmooTs sn-2 amuiaedipHi 3B’ a3Ku doc-
¢oJrimigiB i3 yTBOPeHHSAM BiJIbHUX JKUPHUX KHUCIOT i 1-ammi-2-aiso-
dochoinigiB (puc. 36).

Y pocauni mpucytHi (ochosinasu A, TBOX OCHOBHUX THUIIiB:
1) cekpetopHi (secretory) HU3bKOMOJERYJAPHI (ochonimaszu A,

(sPLA,);

docdo
inasa A
_funasan, HO + AAALAACOOH
®
dochaTnagnnxonin 1-ayun-2-niso- niHoneHoBa
dochaTugmnxonin Kucnorta

Puc. 36. Peaxmia, mo xaramnisyersca dochomninazon A,
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2) BuyrpimHboKIiTHHHI (intracellular) Ca?"-mesanesxxui (ocdoi-
masu A, (iPLA,).

VYV TBapuH BUSBJIEHI TaKO MUTO30JbHI (cytosolic) Ca?"-zamemui
dochominasu A, (cPLA,).

CexperopHi dochosinaszu A, MarOTh HUBbKY MOJIEKYJIAPHY Macy
(14 x[) i BUABIAIOTH ONTUMAJbHY aKTUBHICTh 3a MIJLIIMOJAPHUX
koumenTpariin Ca?'. I3 TKaHWH OeKiJIbKOX BHUIIB pociauH (puc,
rBO3UKA, B’a3) Oyau Bupmiseni ta kaomoBaHi kIHK, aki Bixmo-
Bimasu reHam cekperopHux docdoainmasd A,. AHajis mocisigoBHO-
cri mux [JTHK mokasaB HaABHICTH AEKINTBbKOX AuCYAbMigHMX 3B’ A3-
KiB Ta CHUTHAJIBHOI'O MENTHUIY, I[0 BU3HAUAE CEKPETOPHI BJIACTUBO-
cTi MoJsieKyau (hepMeHTYy.

BuayrpimuasokaiTuaHi dochominasu A, (iPLA,) craHOBIATH
rpymy, II0 BKJOUYae MeMOpPaHO3B’sdA3aHi Ta IIMTO30JbHI (hepMeHTH
3 MoJeRyasapHo Macow 40-48 k. Vci Bigomi pocamuani iPLA, me-
PeBasKHO BiIENIIOIOTH JIIHOJEBY Ta JIIHOJEHOBY I'PYIH, IO 3HAXO-
IATbCA B Sn-2 moJokeHHi docharuauaxominy. IIi dpepmenTu cru-
MYJIIOIOThCS KaJbMOIYJiHOM, Y BiICYTHOCTI AKOTO He pearyioThb
Ha 3Miny KoHnenTpanii Ca2t.

Karamis. BuyrpinmabsokgiTuHHI Ta cekperopHi dochorinasu A,
MalOTh PisHUil MexaHisMm mii.

BuayrpimuabokaiTuaai dochoninasu A, rigposisyooTs amui-
edipuuii 38’A30K y AB0(as30Bili peaKilil uepes yTBOPEHHS alnuJ-dep-
MEHTHOTO IOCepeIHNKAa. AN NPUETHYETHCSI M0 SAJUIIKY CePUHY,
AKUN 3HAXOOUTHCA B KOHCeHCYCHiN mociaimoBHocTi GXSXG. Ionn
Ca?" me GepyTh OesnocepesHbOl yUyacTi y Karajisi, IpoTe BOHU He00-
XimgHi oI KaJabIIMHYBaHHS KaJIbMOIYJIIHY — aKTHBATOpa (hepMeHTy.

CexperopHi ¢ocdoainaszu A, 6e3mocepeHbO BUKOPUCTOBYIOTH
ionum Ca?" B akrtuBanii. ¥ MoJleKyJi (pepMEHTY € KOHCepBATHUBHI
Ca?'-3B’asyroui nenarpu (EF-pykn). 3B’a3yBaHHA Kaiblliio cTabimi-
3ye IepexigHWUN cTaH MOJIEKYJM, HeoOXimHuii s IIPOSABY aKTUB-
Hocti. CekperopHi ¢docdorainasu A, He mawTs GXSXG mocigos-
HOCTi Ta He YTBOPIOIOTH alUJI-(pepMeHTHOro IIocepesHnKa. B mexa-
HidMm Karanidy sPLA, sagydaeTbcs 3ajIMINIOK TiCTUAWHY W acmap-
TarTy, sIKi HOJAPU3YIOTH MOJIEKYJy BOAU, a IOTIiM MOJAPU30BaHA
H,0 araxye kapOoHiJIbHY rpymy.
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OKTaZieKaHOIAHU LWNAX

Pocauuni PLA, perymoiorTh, TOJTOBHUM YWHOM, OKTaZeKaHOIiM-
HUH MIJIAX, B AKOMY 3 JIIHOJI€HOBOI KUCJIOTUA YTBOPIOIOTHCA KACMO-
HaT Ta iHmi okcuiaininu (puc. 37). Ha Bigminy Big inmux edexrrto-
piB, rosoBHa curHajabHa GyHKIiA PLA, mondarae B Karajisi cuH-
Te3y He BJIaCHEe BTOPUHHUX MECCEHIKIEepiB, a IOoNepegHUKiB mJs
cuHTe3y iHmux peryaaropiB. IHmumu ciaoBamu, PLA, mocrasis-
IOTh cyOCTpaT AJA OKTaZeKaHOIZHOTO ILIAXY.

MexaHi3M oKTameKaHOITHOro HuIAXxy. CUHTE3 KacMOHOBOI KHC-
JIOTH CTUMYJIIOETHCA Pi3HUMHU B30BHINIHIMHM CUTHaJIaMHU uepes aK-
TuBalio dochoainasu A, Ta Jinokcurenasu. A, BiIIIeNIIOE KUP-
HOKWCJIOTHUH BaJUIIOK y TOJIOMKEHHI sn-2 Bix Mojerkyau meM6-
panHOrO (ochouinigy. ¥ mboMy IOJOMKEHHi, 3a3BUUal, JOKaJi-
3YIOThCA KUPHI KHUCJIOTU 3 BUCOKHM CTyIeHEeM HeHacHYeHOCTI,
a Haltyacrime — JiHOoJeHOBa. JlimokcureHasa BBOAUTL Yy MoOJIe-
KYJU BiIBHUX BUCOKOHEHACUUYEHUX KUPHUX KUCJOT MEPOKCUIHY
rpyny, cuenudiuyHo BIisHaUM MeHTamieHOBY cuctemy (m’dThb
aromiB i mBa moaBiiiHi 3B’A3KM). ¥ CTPYKTYPi JIiHOJEHOBOI Kuc-
JIOTU MOKHA BUIIJUTH IBi IIEHTAJi€HOBI cucTeMu, 1[0 BKJIIOYAIOTh
aromMu ByrJjeIiio 3 Homepamu 9-13 ta 12-16. IleHTagieHoBa cu-
creMa, IO po3misdHaeThcA 13-IimoKcureHasoo, chopmMoBaHa aTo-
mamu Big C-9 mo C-13. Jlimokcurenasa simmiemnsioe 11-mpo-S-a-
tom BogHiO0 (Hg) Bim C-11 i mpuemnye mosekyay KucHio go C-13
y BUIIAAI mepokcuauol rpymu (puc. 37). ¥V pe3yabTaTi yTBOpIO-
eTbcsa monBitiHuit 11-tpamc-3B’A30K (Mik aromamu C-11 i C-12).
Haini depmeHT anneH-oKcuz cuHTasa (rizpomeporcuj-merigpasa)
Bimmmemnioe Big 13-TiApoKCHUIIEPOKCUIIHOIEHOBOI KMUCIOTU Tif-
POKCHJI 3 YTBOPEHHAM EIOKCUAHOI Irpynu i3 3ajiydeHHAM aTOMiB
C-12-C-13. 12-13-emokcuaiHoJIeHOBA KHCJIOTA 3a PaxXyHOK Kara-
JiTHYHOI aKTUBHOCTI (hepMEHTy ajjeH-OKCUJ IUKJIas3u (Gopmye
MEeHTAIIUKJIIYHY CTPYKTYPY, YTBOpIouM 3B A30K Mixk C-9 i C-13.
Y pesyabrati nmukiisaimii emoKcUIHUN KuceHb 30epirae 3B’A30K
TiapbKku 3 C-12 i crae KucHEM KeTo-Tpynu B MOJIeKyJai 12-oxkcodi-
TomieHoBol KucaoTu. [loaBitinuii 38’ a30k y mukiai (C-10—C-11) ma-
cuuyetbed NADPH-3ame:xHOI0 penykTasoo. IIpu oMy yTBOpPIO-
eTbcsa 12-oKcodhiTOMOHOEHOBA KUCJIOTA, 3 AKOI V PE3yJbTaTi TPHOX
erTamniB -oKuCHeHHA (MOJIeKyJa BTpauyae mpu mpomy 6 aromis Kap-
00HY) CUHTE3yEThCA KAaCMOHOBA KUCJIOTA.
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»KacmoHoin-CoA Kucnora
Puc. 37. CuHTe3 "KaCMOHOBOI KHCJIOTH — OKTAJAeKaHOITHUN IIIAX
OKTaZeKaHOITHUNA IIJIAX MOJKe iHiliroBaTucs He TiJIbKU B pe-

3yabTaTi (pocoainasHoi peakiiii, aje i ILIAXOM JIIOKCUT€HYBAHHS
Jinig-sB’A3aHUX KUPHOKUCIOTHUX BaJHUINKIB JiHOJEHOBOI Kuc-
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aotu. Pochoninazu A, mpu Bubopi cybeTpary BiamaroTh mepeBary
MeMOpaHHUM JIimigaM, ki y sn-2 moJIo}KeHHI MaloTh He TiJIbKU 3a-
JUIIKY JIIHOJEHOBOI KHCJIOTH, ajie 1 He3BUYANHUX KUPHUX KHC-
JIOT, MPUHANMHI IIepeoKuncjaeHnx. ToMy IIepeoKUCIeHUN 3aJUII0K
JIIHOJIEHOBOI KMCJIOTH BUOiPKOBO BiAIIEILTIOETLCS Bif Jimiga Ta min-
IaeThCA IMONAJBINTMM 3MiHAM 3 YTBOPEHHAM KAaCMOHOBOI KMCJIOTH.

KacmonoBa Kuciyora € (pisiosmoriuno ciaboaKTHUBHOIO CIIOJIY-
KOIO i TlepeBa’KHO BUKOPUCTOBYETHCSA POCIMHAMHU AK TPAHCIOPTHA
¢dopma, 110 mepecyBaeThbCcsa (roemoro. OOpoOKa POCJUH KaCMOHO-
BOIO KICJIOTOIO UMHUTH CHeIU(diuny Iif0, OCKIJIbKU, IOTPAILIAIYN
B TKAaHWHU, IIA PEUOBMHA MeTabO0JIiByeThCcA OO aKTUBHOI (opmu.
Yu icHye y POCIHH CUTHAJBHUN MeXaHi3M, SKHII PeryJieTbCs
BJIaCHE »KaCMOHOBOIO KICJIOTOIO, JOCi HeBimoMmo.

KacmoHoBa KmciaoTa B POCIMHHUX TKAHMHAX HiAZaeThbCI KO-
BaJIGHTHIiN Moam@ikaIii miaaxoM KOH’ IOTYBAHHS 3 Pi3HUMU CIIOJY-
KamMu (cnumpTramMu, aMiHOKHcJaoTaMu). [30JeHdIUH-KacMOHAT, TPO-
OYKT KOH [oramii KacMOHOBOI KMCJIOTH 3 i30JIeIIMHOM, BBaKa-
erbesa (isiomoriuno akTuBHOIO (Qopmoio (puc. 38). IHmwui Bigo-
MUl KOH IOTAaT — METHJIOBUH e(dip KacMOHOBOI KIUCJIOTH € JIeTIO-
Y010 CIOJIyKOI0. MeTu:KkacMOHAT, AK i KaCMOHOBa KHCJIOTA, BUKO-
HY€ TPaHCIOPTHI (PYHKIIiI, ajle momupoeThesa He (oemoio, a ue-
pes moBiTpA. [[o TOro K, KOMYHIiKaIlisa 3a JOIMOMOT0I0 METHJIKAaCMO-
HaTa 3OiMCHIOETHCA He TiJIbKW Mi’K IPOCTOPOBO BigmaleHUMU Opra-
HaMM OIHiel pOCJIMHU, ajie I MiK OKpeMHuMH pocauHaMu. IIpoHn-
KAy B TKAHWHU, METUJKACMOHAT POSBIIEIIIOETHCA ecTepasaMu
IO BiIbHOI }KAaCMOHOBOI KHCJIOTH, SAKa B IIOMAJLIIIOMY II€PEeTBOPIO-
€ThCA Ha aKTUBHY (opmy.

0O O
COOH
(0]
(3R,7S)-xacMoHOBa \ _
Kucnota O NH
HO
I
MeTUmKacMoHaT isoneiynHxacMoHaT

Puc. 38. IloximHi »KacMOHOBOI KUCJIOTH
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OyHKuii pocdoninazu A,

IIpogyKTH OKTaJeKaHOIAHOrO ILIAXY 0epyTh y4acTh y peryJs-
mii BiATTOBIiZHMX peakIliii Ha MeXaHiIUHi ITOIMKOMKEHHS Ta BIJIUB
nmaToreHiB. ¥ pesyJsbTaTi Ail MMX CTpecopiB y pocamHAX CIOCTepi-
raeTbcsa 3pocTaHHsa akTuBHOCTI PLA, i, AK pesysabTaTr, cucTeMHE
HaKONMUUYeHHs JridogocdosinigiB i BUBiJIbHEHHA HOJIiHEHACUUYEHUX
JKUPHUX KHUCJIOT (MepeBaskHO JIIHOJIeHOBO1), AKi migmaroTbesa mil Jri-
IIOKCUTeHAa3 i 3aJydaloTbCsa MO OKTAJeKaHOIZHOTO HLIAXY. ¥ CTpe-
coaHUX KJiaitmHax PLA, MOKyTh omocepeIKOBYBaTHM MeXaHi3Mu
reHeparlii akTUBHUX (OPM KMUCHIO Ta CHUHTE3y aJKaJdoimiB. AKTHU-
Barmito PLA, MoKHa IIpOJeMOHCTPYBaTH y BiICYTHOCTi cTpecy, aje
mig piero cucreMiny abo oJrirocaxapiHis.

Kpim cTpecoBux peakiiii, ¢pochoainasu A, 6epyTh y4acThb B iH-
MUX KJIITUMHHUX IIpollecax: MeradoJisMmi gimigiB i aykcuH-cTUMY-
aboBaHoMy pocTi. PLA,-momi6Ha aKTUBHICTH MEPEBaKHO CIPAMO-
BaHA Ha BifIeNJieHHA He TiJIbKU BUCOKOHEHACUUYEHUX JKUDPHUX
KHCJIOT, ajie i apyropAagaux ab6o pigkicamx. Taki :xupHi KucaoTH
epepo3MoIiaATheAa i3 MeMOpaHHUX (QocdosinmigiB g0 3amacHUX
Tpuanuiariainepoais. Takum umHoM, PLA, 6epyTh yuacTh y HaKO-
nuueHHi sanacHuX Jinigis. Ha HacinHi oripka mokasano, mo PLA,
JIOKaJIi3yI0TheA y cepocoMax cim’smosieii i 6epyTh yyacTh y KarTa-
Gousrismi Ta yrmiaisamii samacHux JmiAiB y mpoliecax IpOpOCTaHHSA
HACciHHA Ta POCTY IPOPOCTKIB.

PisHi curmanpHi muaxu (cTpec- abo ayKCcHH-iHOyKOBaHi), Bi-
porigHo, 3any4ioTh pisHi Tunu PLA,. Tak, iHriéitTop BHyTpillIHBO-
kaiTuaHUX Qochominas A, HELSS rambmye ayKcuH-iHIYKOBaHe II0-
IOBKEHHS TiMTOKOTHWJIA IYKiHi Ta KOJENTWIiB KYKypya3u, a iHTi0i-
Top cucreMmiH-ingykoBanux PLA, AACOCF3 BusBuBcsa Hee)eKTUB-
HUM II0JI0 POCTOBUX PeaKIIiii.

®ocdoninasum A, i B, nisopochoninasn A

dochominazu A; rigposisyiors sn-1 amuaedipui 3B sa3ku doc-
GoimigiB 3 YTBOPEHHAM BLIBHUX KUPHUX KHCJIOT i 2-armuii-1-rizo-
docdorinigis. Pochoainasu B mocIifoBHO BUIANAIOTL IBA 3aJUIIKNA
SKUPHUX KHUCJOT 3 MOJIEKYJI (hocoaimigiB, ToOTO MaroTh aKTUBHICTH
PLA i lysoPLA. Jlizodocdoainasu A posIielooTh amnuiedipanii
3B 30K y MOJIeKyJiaxX Jiso(ocdoimigiB, yTBOPO0OUYN MPU ILOMY
JKUPHY KHCJOTY Ta TJIinepuH-3-(pochoaaKkoroib.
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Jlizodochoainigu npucytHi B Oiosoriurmx memOpaHax y He-
3HAUHUX KiJBKOCTAX, ajie pa3oM 3 TUM, BUKOHYIOTHL BaKJUBi pe-
IyJaTOPHI QYHKIIi: TPAHCAYKIIiI0O BHYTPIIIHBOKJIITUHHUX CUTHA-
JiB i TpaHCIOPT Be3WKyJ. ¥ TBapuH (opMyBaHHS JrizodochaTus-
HOI Ta (ochaTuaHOI KUCIOT BimOyBaeThbCcsa crernudivHo B MINHUIL Cu-
HAIITUYHUX BE3UKYJI, 0 (QOPMYIOTHCA, TOOTO Iepexin Jzizogocga-
mudna Kucaoma < ¢gocpamudHa Kucioma € HeOOXimHUM IS
OpYHBbKYBaHHSA MeMOpaH.

V¥ pociunax jgisodocdorinmigu popMmyOThCA YV BiAIOBiAL Ha CTpe-
COBi BILTIMBM Ta MOAYJIOIOTH aKTHUBHiCTL psany (epmentis. Jliso-
docharTuanaxoaina, HAIPUKJIAL, MOXKe Oe3rmocepeqHbO B3a€MO/Ii-
aru 3 H'-ATPasoio miasmaTuuuHoi MeMOpaHu, CTUMYJIOOUN i ak-
TUBHiCTB. JlidodocharuauieranosamMia 3aTPUMY€E CTaPiHHSA, MOK-
JUBO, HLIsAXoM iHribyBamus PLD.

JIizodocdoirinasu, oTiKe, € BAXKJINBUMU KOMIIOHEHTaMM, SIKi He-
o0ximHi B peryndmnii piBHsa JsisodocdoninigiB, gimigHomMy cUTHAIbL-
HOMY KacKaji Ta MeTa0o0JIizMi.

B3aemogis ¢ocdoninas

BuBueHHA HaKONWYeHHA NPOAYKTIB JimigHOTO O0OMiHY B CTpe-
COBUX yMOBaX MOKasaJjo, IO MiABUINEHHA KiJgbKocTi dochartun-
HOI KWCJIOTU Tepeaye 3POCTAHHIO PiBHA AialMATJIIEPOay, Bijab-
HUX JKUPHUX KUCJOT, NMEPOKCUAOBAHHUX KUPHUX KUCJIOT i Jiso-
dochouimigiB, Toxi ax penpecia PLDo mpuBommia o 3HUMKEHHS
CcTpec-iHAYKOBAHOTO HAKOIIMYEHHS JIIHOJIEHOBOI KMCJIOTH Ta »KacMo-
HatiB. Omke, ¢gochosinmasu D, axki TpoayKyioTs (ochaTugaHy Kuc-
JIOTY, MOXKYTb CTUMYJIIOBATH aKTHBAIlif0 iHINUX (epMeHTiB KarTa-
6ostismy Jrimigis.

®DepMeHTH JIMIAHOTO CUTHAJIBHOTO KacKaay dacTo opMyIioTh
CKJIaHI Mepeki, AKi omocepelKOBYIOTh clelludiuyHy KJIITUHHY
BigmoBigb. IIpukaamom Takoi B3aemomii € yuacTh ¢ocdorainmas C,
D i A, B perynanii npoauxoBoi Tpancmipaii. PLD i dochatugm-
ainosutug-sanexkui PLC (PI-PLC) onmocepeiKOBYIOTH 3aKpPUBaHHSA
npoxuxis, Toxi Ak PLA, ctumysioioTh iXHe BigkpuBaumuA. Ilifg
miuBoM PI-PLC samyckaeThbcsa Kackan peakitiii (cuHTe3 iHo3u-
tos-1,4,5-Tpudocdar i #Horo moxigHMX), AKUIN TPUBOAUTH MO IIij-
BUINeHHA piBHA iomis Ca?" B mmrommasmi. Iomum Ca?" cupusiors
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3B’asyBanHio PLD 3 memOpaHamMu, BHACJiZTOK UOTO Iieil (pepMeHT
akTuByeThcsa. [IpoayxkT Karanisy PLD — ¢ocharugua Kuciaora —
aKkTuBye ocharugmirinosuTos-4-gochar-5-kinasy (PI4P5K), axa
Oepe yuacTh y OpoAyKIlii ¢docharuaurinosurona-4,5-gudochary —
cyocrpary mias PI-PLC (puc. 35). Takum umaom, PI-PLC, PLD
i PI4P5K cTBOpPIOIOTH MO3UTHUBHY PEryJATOPHY MIETJi0. 3 iHIIIOro
00Ky, (ochominmasu A, MOKYTH BHUcTymaTtu aHtaroHicramu PLD
i PI-PLC, Tomy 110, KpiM BHCOKOHEHaCHUYEHOI JIiHOJIEHOBOI KMHC-
JOTH, 3 SKOI reHepyHThCA KAacMOHAT Ta iHINI oKcuJIiminmu, mpo-
nykTamMu KartamiTuuHoi aktuBHOcTi PLA, e misodocdonimiam, aAri
igri6yrors PLD.

3.2.2. Okcmng a3orty (ll) Ta NO-curHaninr

Okcupg asoty

Oxcupg asory (NO) € mOBCIOOHO TOMIMPEHOI0 0i0aKTUBHOIO MO-
aeryaoo. NO i fioro moximui 3maTHi MOoAyJaOBaTH aKTUBHICTH
CBOiX MiImeHeil, 3B’A3yH0UM MeTaJl PEeSOKCIIEHTPIB MeTaJIoIpoTe-
iHiB, abo0 ILJIAXOM KOBAJIEHTHOI Momm@ikallii 3aJuIKiB IUCTeiHy
Ta THUPO3UHY.

Pamnimre mepenbagasiocs, 1[0 IIPUCYTHICTh OKCHUIIB a30Ty B KU-
BUX TKAHWHAX € pe3yJbTaTOM IIOMIKOAKeHb abo 3a0pyaHeHHS,
TOMY HouaTKOBi mociimsxenus mie 1980-i poku Oynau chorycoBani
Ha (iTOTOKCHUUYHUX BJIACTUBOCTAX PisHUX (OpPM OKCHUIIB a30Ty Ta
iX HECIPUATJINBY Hil0 HA METAJOBMiCHI ()epMeHTH Ta HA PO3BU-
TOK pocJuH y misomy. IIpore HeBmoB3i Oya0 3’sicOBaHO, IO 3HAYHI
kinpkocTi NO i N,O mpoaykyioTbcsa He3a0pyAHEHUMHU I'DYHTOBUMU
Ta BOOJHUMU €KOCHCTEeMaMU, IKi BHOCATH OCHOBHUII BHECOK Y IIPO-
1ec MPUPOSHOI AecTPyKIlii o3oHOBOrO mapy. ¥ 1990 pori 3’asuimocs
mepiie IIOBiJOMJIEHHS IIPO CTUMYJIIOIOUY Hil0 OKCHUAY a30Ty Ha poc-
auaHU oprarism: NO mpucKopioBaB MPOPOCTAHHS HACIHHSA IIaBJIOB-
Hiil moBcranoi (Paulownia tormentosa). Hapasi mocroBipHO BcTa-
HOBJIEHO, 1110 oKcuj aszory (II) mmMpoKo BUKOPUCTOBYETHCSA B 3KU-
Bili mpuponai SK BTOPUHHHI MeCEHI:Kep — I CIHOJYKa € KOMIIO-
HEHTOM CUTHAJIbHUX MEXaHi3MiB, IKi KOHTPOJIIOIOTh 3aXWCHI peak-
1ii, mpormecu pPoO3BUTKY, mpoJsidepalliio KJIiTuH Ta 6araTo iHIIIOrO.
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XimiuHi Ta aHTMOKCMAaHTHI BnactuBocTti NO

Oxkcup a3oTy € BiJIbHO-pagUKAaJIbHOIO JIiMOMiJIbHOI JBOATOMHOIO
MoJieKyJior0. HeBesuKuii pagiyc i eIeKTpoHeHTPaIbHICTh TO3BOJIS-
1oTb MoyekyJai NO edpeKTuBHO TUPYHAYBATH y KJIITHHiI, a TaKOMK
OIPOHUKATHU Uepe3 MeMOpaHMH.

Monexkyiaa NO mMae HecmapeHHIl eJIeKTPOH Ha T-PO3PUXJISIO-
yiii opbiTai, mo Bu3Hauae ii BiIbHO-paguWKaJbHI BJIACTHUBOCTI
Ta peakIliliHy 3maTHicTh. BupgajleHHSA IILOTO eJIEKTPOHA IIPUBOIUTD
o yTBOpeHHA ioHa HiTposdonia (NO'), a momaBaHHS OIHOTO eJIEK-
TpOHA — J0 yTBOpeHHA HiTpoKcumiaHioHa (NO”) (puc. 39, c. 123).
HasaBHicTh HecmapeHOro eJIeKTpOoHa 3a0e3Ieuye BHUCOKY IIMBUIKiCTD
B3aemogii NO 3 moseKyasapHuUM KucHeMm i cymepoxcumom (O;), mmo-
XifHUMU a30Ty Ta MeTaJaMH 3 IIepexXiZHomo BajdeHTHicTIo Me'/?',
V¥V 6Giosoriunmux cucremax 3a Bzaemomii NO i3 MoOJeKyJaIApHUM KHC-
HeM YTBOPIOIOThCA iHIII oKcuau i3 saraabpHOO dopmysor NO,.
Bzaemogis NO i3 cymepokcugom (O;) IPpUBOAUTE MO YTBOPEHHS IIe-
porcuniTpury (ONOO™), a npu B3aemoxii 3 meramamu (Me™/?") —
metai-NO moximumx. CrabinpHicTh abo posman NO 3aieXuTh Bifn
MOoro KOHIIEHTpAaIlii, OKNC/IIOBAJIbHO-BiTHOBHOTO CTATyCy CHCTEMU
Ta KOHIIEHTpAIlil MOJIeKyJI-MillleHell i MeTaJiB.

Pearmifina sgatHicts NO JexuTh B ocHOBI NO-3zanexXHUX pe-
IyJATOPHUX MeXaHisMiB, aje pasom 3 TuM NO MoKe BIJINBATHU
Ha OKHCJIOBAJbHO-BIJHOBHUI IroMeocTas KJIITUHHN He3aJeXXHO Bin
CUTHAJBHUX MexXaHi3MiB. 3ajeskHo Big yMoB okcun azotry NO moxxe
BUABJATU AK AHTUOKCHUIAHTHI, TaK i TOKCHYHI BJIACTHUBOCTI.

Peakiia misk mepexucom Boxuio (H,0,) Ta ioHamMu pegokc-ak-
TUBHUX METAJiB YacTO MPUBOAUTHL A0 YTBOPEHHS TiApPOKCHUJI-PALU-
kama (OH®). Ile cunbHUI OKUCJIIOBAY, KU 3JaTHUN OKUCJIIOBATHU
yumajao O0iomoserysa. Ilpucyrricte NO MosKe ImocaabuTH OKHCHE
HOIIKOIMKEeHHs, 3amobiraroun (popMyBaHHIO OKCHUIAHTIB, 3B’ A3Y-
I0UM 3aJIi30 Ta CYIEepPOKCHUAU, OOMEKYIOUM TaKUM YHHOM (opmy-
BaHHS TiApOKCMII-paguKajia. Byjo mpoaemoucTpoBaHo, 1o NO 3a-
TPUMY€ TaKOMK IMePeoKUCHeHHA JimixiB. IluTosaxucHi BiacTUBOCTI
NO y pocauH cmocTepiraioTbcsa MPU OIOTUUYHUX W a0iOTMUYHUX CTpe-
cax, y TOMY YHCJi IIpu (POTOOKUCHEHHi. ¥ pAAi BUOaIKiB, HAIIPU-
KJajg npu (POTOOKMCHEHHI JHCTA KapToilii, abo 3a ribepesiz-omo-
cepenkoBanoMmy migBunieHHi APK y KiIiTuHax aJelipoHOBOTO IIApPy
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HACiHHS AYMEHIO IIPW IPOPOCTaHHi, 3axucHi BiaacTuBocTi NO Buss-
JAI0THECSA 0e3 akTuBallil aHTUOKCUIAHTHUX (DEPMEHTIB i reHiB, aKi
ix xomymoTh. OmHAK B yMOBaxX OKHCJIIOBAJBHOTO CTPECY, 3a SKOTO
B KJITHHI HaKOOMUYeThCSA 3HauHA KigbKicTe ADPK, akTuUByIOTHCS
NO-omocepeakoBaHi 3aXMCHI CHCTEMH.

NO Moke UMHHTH TaKOX 1 TOKCUUYHY Ait0o. ['OJTOBHMM YMHOM
me coocrepiraerbea mpu peakirii NO i3 cymepokcupn amionom (O5),
sIKa OPUBOAUTDH N0 YTBOPEHHS CUJIBHOTO OKKCJIIOBAYA ITE€POKCUHIT-
puta (ONOO7). ITepoKCUHITPUT MOKe OKHCJIIOBATH TiOJbHiI rpymu
I0 cyab(MOHOBUX i cyabheHOBUX KuCIOT. OKpiM TOro, mepoKcu-
HITPUT MOKe HiTpyBaTH (PEHIIbHY I'PYIy THUPO3SUMHOBUX 3aJIUIIKiB.
ITe samobGirae GochopuUIOBAHHIO TUPO3IUHY Ta MOPYIIye (PYHKITiO-
HaJbHI BaacTuBOCTi 0inkiB. TuM He MeHI, HiTPYBAaHHS THPO3UHY
IIITPOKO BUKOPUCTOBYETHCS [JIS MOIYJISAIil AKTUBHOCTI ITOCEPEIHN-
KiB y CUTrHAJBHUX CHUCTEMAaX.

LUnaxu ytBopeHHa NO

Y pocamuHux KJaitTuHax cuHTe3 NO 3milficHIOETHCA Pid3HUMU
cunocobamu. [[o peryiboBaHUX IPOIECiB HaJeKaTh (hepMeHTATUBHI
misaxu yrBopeHHsA. Okcun azory NO yTBOPIOETHCA B TKAHWHAX KU-
BUX OpraHismiB 3 opra"iuHux i HeopraHiunmx cyocrpartiB. [lo cy0-
cTpatiB (epMeHTiB, AKi cuHTesyoTh NO, Hajle:xaThb HiTpaTuU, HiT-
puTtu, aprigii i mogiaminu.

HiTpat/HiTput-3anexHi pepmeHTaTUBHI WNAXU

Hirpar-peaykrasza. @epmenraruBHe yTBopeHHa NO y pociauuH
TOJIOBHUM YMHOM TIOB’sA3aHe 3 aKTHBHicTIO HiTpaT-penykrasu (NR).
NR — po3umHHUI ITUTO30JbHUNA (pepMEHT, AKUI Biirpae KJIIOUYOBY
poJsib B yTuiisalii Heopraumiunoro asory y ¢opmi miTparie. Hir-
paTr-peaykTasa Oepe ydacTb y BiJHOBJIEHHI HiTpaT-aHioHIiB m0 Hi-
TPUTIiB:

NO; + NADPH + H" - NO, + NADP* + H,0.

HiTputy He HaKONUUYIOTHCA B POCJIUHHUX TKaHMHAaX, a Bin-
HOBJIIOIOTHCSA HaJaJli HITPUT-PeLyKTas30i0 O aMOHINHOI opMu, AKa
Iaji BKJIIOYAETHCA IO CKJIAAY OPTAaHIYHUX CIOJIYK.

Hitpar-penykrasa € CKIagHOI PeSOKC-CHUCTEeMOIO i3 BHYTPIiII-
HiM KOPOTKUM JIAHIIOTOM TEePEHOCY eJeKTPOHiB. AKTMBHA HiTpaT-
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peaykTasa € romommMmepoMm i3 macoio O0su3bko 200 k]I[. Kosxua
i3 cybommHUIL MicTUTh Tpu mpocteruuHi rpynu: FAD, muro-
xpom b i Mo-moai6monTepin. Karasis mos’sizaHuil 3 mepeHOCOM
napu esekTpoHiB Bim NAD(P)H uepes FAD, remoBe 3anido Ta Mo-
aibgen Ha NO;.

YV 1979 pori JI. Knenmepom (L. Klepper) Oysia BusiBiaeHa amat-
HicTh HiTpaT-penykTasu npoaykyBatu NO. OgHak 3’sicyBaHHS 0OCO-
osmBocTeit Karauidy cuuTesy NO i 3HaueHHS IIHOTO IIPOIECY CTAJIO
MOJKJIMBUM 3HA4YHO ITisHiime. BusBuiocs, mo NR Mmoke BimzHOBUTH
NO; (mpomykT HiTpaT-penykKTasHoi peakiii) mo okcunmy asoty (II).
Peaxiiigs saBise co000 OOHOEJIEKTPOHHE BiTHOBJIEHHSA HiTpUT-aHi-
ony (BimmoBmioBauem BucTynae NAD(P)H):

NO; + & + 2H" - NO + H,0.

IIa axkTuBHiICTE (hepMEHTY € KOHTDPOJHOBAHUM IIPOIIECOM 1 pe-
TyI0eTheA muIaxoM GochopuaioBanua. HiTpaT-pemykrasa 3abesie-
uye OasanbHU piBeHb NO B yCciXx TKaHMHAX POCIWHU TAa Ma€ BaK-
JUBe 3HAYEHHA JIJIA PO3BUTKY CTPECOBUX peakIliii. Bysgo mokasaHo,
110 y MYTAaHTHUX POCJINH, K1 He NIPOABJIAIOTh HiTpaT-peLyKTas3HOL
aKTUBHOCTiI, mopymenuit ABK-3anexHuil MexaHi3M 3aKpUBaHHA
mpoxuxiB. 3 mporo O6yB 3po0seHUI BUCHOBOK, 1o NR-omocepenko-
Bauuii cuuTes NO e BamkauBuM eranom ABK-zamexnHoi perymaiii
CTaHy 3aMUKAUUX KJIITHH IPOSUXiB.

Hitpur-NO peaykrasa. Ha mouatky 2000-x pPOKiB y pocauH
TIOTIOHY OYB BUSABJICHUU IJIa3MaieMHUN (GepMeHT, AKUI KaTaaisye
BigaoBiaeHHsa NO; mo NO BUKJIOUHO B KOPpeHEeBUX TKAHWUHAX — Hi-
TpuT-NO penykrrasa (Ni-NOR). AKTuBHiCTH IBOTO (DEPMEHTY KOOD-
IVHYEThCA i3 IIaszMaaeMo3B’A3aHOI0 HiTpaT-peayKrTasoio: Ni-NOR
BIJHOBJIIOE HITPUT-aHIOHU, YTBOPEHi HiTpaT-penykTasow. Ileit muiax
CHHTE3y MOJKe 3aJIy4aTHCs B MEXaHi3MU PO3BUTKY, a TAKOXK Y Bif-
HOBiAb HA HEJOJIK KMCHIO Ta CMMOIOTHYHI B3aeMOmii.

ApriHiH-3aneXHi WnAaxm cnHTesy

NO-cunrasa. ¥ ccasBiiB yrBopeHHa NO KaTasisyeTbcsi, T'OJOB-
HuM ynHOM, NO-cuuTasow (NOS). Ileii ¢hepmeHT € reM-BMicHUM OiJi-
KOM, KU MICTHUTh YOTHUPH IIPOCTETHUYHI I'PYyIMU: 3aJIi30-IIPOTOIOP-
¢ipun IX, Terparigpobiontepun, FAD i FMN. AxtuBuuii (pepMeHT
NOS saBisie co000 roMoAuMep i3 MOJIEKYJISPHOI MAacom OJIM3BKO
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260 x[. Bim raranisye m’siTueeKTpPOHHE OKWCHEHHSA TePMiHAaJb-
HOl amiHorpynu L-apriminy sa yd4acTio MOJIEKYJSAPHOTO KHCHIO Ta
3 yTBopeHHAM mutpyainy i NO.

2 aprimiz + 3SNAD(P)H + 40, + 3H' —»
— 2 murpyaia + 2NO + 3NAD(P)* + 4H,0.

AxTuBHicTh mearux izopopm NO-cuHTa3U 3aJI€KUTH Bil KaJb-
MOIYJIiHy, 3B’sI3yBaHHA AKOTO 3MiNCHIOETHCA uUepesd creruiunumii
caiit. ¥ TraHmHax JgioguHu NO-cuHTa3a OyJsia BUSBIEHA ¥ TPHOX OC-
HOBHUX i30hopMax: JBOX KOHCTUTYTUBHUX Ta iHAynmoOenabHiti. Kon-
crurytuBHa opma NOS mpucyTHA NOCTiiHO B HePBOBill TKaHWHI
(zetiponanbaa NOS — nNOS) ta enporenii (ergorermianbaa NOS —
eNOS). Iagynubenbna gopma (iNOS) cuHTe3yeThCS TTPU aKTUBAILiT
iMyHHOI cucTeMHU Ta Bifirpae meHTPaJbHY POJIb ¥ PO3BUTKY iMyH-
woi Bigmosizi. Koucturyrusui dgopmu nNOS i eNOS e Ca?*-zamesx-
HuUMHU, a iEgynubenabHa gopma iNOS — Ca?"-HesasnesxHa.

Amnanis mocaigosaocti JTHK mokasaB, 110 B pocjauH HeMae 0iJj-
KiB, GM3bKUX 3a CTPYKTYporo 1o NO-cuHTasu ccasifiB. Xoda BUKO-
puctanaa auntutia 1o NOS i cmenudiunmux inribiTopis mboro dep-
MEHTY J03BOJId€ MpUiyckatu HaaBHicTh NOS-momioHoi aKTHBHOCTI
B DOCJIWHHUX TKaHWHAX, CTBepIKyBaTu npo icuyBanHa NOS-mo-
Ii6HOTO (DEPMEHTY y POCJMH 3 IIOBHOIO BIIEBHEHICTIO He MOJKHA.
ImyrOMepMeHTHUI Ta iHTiOiTOPHME aHaNi3u, cOpAMOBaHI Ha imeH-
tudikamniro NOS y pociamH, MOKYTH JaBaTH HO3UTHBHI Bimmosini
B TOMY BUIIAJKy, AKIITO aHTUTiNA Ta iHTi6iTOpHM 3B’A3yIOTHCA 3 (hep-
MeHTaMM, AKi BUKOPUCTOBYIOTH L-aprinin ak cybcrpar, i ix akTuB-
HicTh mMobGiuHO ToB’sA3aHa 3 mpoaykiieio NO.

ITomryx depmentiB 3 NO-cuHTa3HOI0 aKTUBHiCcTIO OyB 31miiic-
HeHUu# cepen 6inkiB, He romoJoriuaux mo NOS ccasiiB, ame cxo-
sKMX Ha O0inku, 3anydueHi B cuHTe3d NO y TBapwH i opra”isamiB in-
muxX TakcoHoMiuHumx rpymn. ¥ Arabidopsis 6yB K/ioHOBaHUII reH
AtNOS1, axuit Kogye MiTOXOHIApPiaJdbHUN (EePMEHT, AKUN CXOMKUI
3 OimKoOM, 1110 Mae BimgHomIeHHA A0 cuHTe3y NO y 4uepeBOHOTOT0 MO-
aiocka Helix pomatia. Xoua TeHeTHYHUIN Oigxin mokasas, 1o 0Oi-
a0k AtNOS1 e romoBaum mixepesom NO, Iie IpUIyIleHHA He Mij-
TBepaumiocd, i Hapasi AtNOS1 posriasamaersca AK MiTOXOHApiaTbHA
GTPasa, sixa 0epe yuacthb y GioreHesi pubocom i/abo cuHTE3i 6iJ-
KiB i He mae mpamoro BigHomIeHHA A0 cuHTe3dy NO.
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IToniamin-3amesKHUI MIJIAX YTBOPEHHsA. Y DPOCJIUH € (DepMeHTH,
AKi KaTajisyioTh mepeTBOpeHHA L-apriHiny i HempAMUM YMHOM
moB’s3aHi i3 cuHTEe30M OKcuay asory. Hampukian, y pociauH Ara-
bidopsis moJsiaminy crmepmiH i cmepMiZiH BUKJIMKAIOTH 3HAUHE II0-
CHJIEHHSA HPOAYKIII OKCHAY as30Ty, TOAI AK MHOPYIIEHHS CUHTE3Yy
noJiaminiB BimbmBaeThcsa Ha 3HH:KeHHI cuHTedy NO. Ilpunycka-
I0Th, IO icHye (pepMeHT, AKU KOoHBepTye mosiaminm B NO. V¥V Toii
JKe Jac BJIAacHe MOoJIiaMiHM yTBOPIOIOTHCA 3 apTiHiHy 3a y4acTiO apri-
HiH-3B’a3y0unx ()epMeHTiB, TaKUX AK apriHasa abo apriHiH-merap-
ooxcmaaza. OckinbKu aprinasa, aprimin-gexapoOoxkcuiasa i NO-cuH-
Tasa BUKOPHUCTOBYIOTh apTiHiH AK cyOCTpaT, BOHM MalOTh YaCTKOBO
nomxibui BiacTuBOCTi. 30KpeMa, aKTHUBHICTH BCiX IIUX (PepPMEHTiB
pempecyeTbca CTPYKTYPHUMH aHajgoraMu L-apriminmy. Kpim Toro,
BOHU MalOTh IIEBHY CXOJKiCTH B 00JI1aCTi peaKI[iiHUX IIeHTPiB, TOMY
MOKYTh HAaBaTH IO3UTUBHY Bi[IIOBiAb HA 3aCTOCYBaHHS OJHAKOBUX
aatutii. Capoba BumaumBaTu B eKcrnepumeHTi Ha NOS-momidoHy ak-
TUBHICTh POCJINH, HAIIPUKJAL, BUKOPUCTOBYIOUN CTPYKTYPHI aHa-
goru L-apri"iny, OIpuBOAUTH OO0 MOAYJIAIIl aKTUBHOCTI (DepMEHTIB
noJiamiH-zaseskHoro nuiaxy cuaredy NO. fdAximo y tBapus NO-cuH-
Taza 3abesleuye IpAMY KoHBeprailito apriminy 8 NO, To B moJia-
MiH-3aJIeKHOMY MexXaHi3Mi 3 apriHiHy cuMHTe3yHThCA HoJiamiHwu,
Aki mami meperBoprooThes B NO:

aprinia — moaiaminu — NO.

BBa:kaioTh, 1[0 TOJIiaMiH-3aJIeKHUU IIJIAX Yy POCIWH 3abesire-
Yye iCTOTHY UacCTUHY CHMHTE30BAaHOTO B pocamHHUX TKaHmHaxX NO.

HiTpuT-3anexHi HepepmeHTaTUBHI WNAXM

¥V 6Giosoriuaux cucremax NO MoKe reHepyBaTHcs HedepMeH-
TATUBHUM IILJISXOM i3 HiTpuTiB. ¥ poOCIMHaAX BUSBJIEHO KiJbKa
MOKJIUBUX c1oco0iB ximiunoro BiguoBiaeuHsa NO; no NO 6e3 yua-
cTi (pepmeHTiB:
1) B amommacti mpu HU3BKUX 3HaueHHAX PH (s peakis in vitro
MOJKe KaTajidyBaTucs acKOpOiHOBOIO KUCJIOTOIO);
2) 3a cBiTyI03a/I€:KHOI KOHBepCii KapoTUHOIAIB y XJOPOILIACTAX;
3) y mitoxonapiax BigHoBmenHa NO, no NO moke BimOyBaTuca
IpY BUKOPHCTAHHI €JIEKTPOHIB 3 €JIeKTPOH-TPAHCIIOPTHOTO JaH-
Irora.
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HedepmenTaTuBHI MIIAXYW BiJHOBJIEHHS HiTPUTIB POOJIATH IIEB-
HUHM BHeCOK y 3arajabHuii BMicT NO, mpoTe OCHOBHUMU IILISXaMHU
€ (pepMEHTATHUBHI MeXaHi3MU YTBOPEHHS.

NO-curHaniur

Okcup azory NO — yHiKaJbHA HU3BKOMOJIEKYJISAPHA CIOJYKa,
110 Ma€ BJACTHBOCTI KJIACUYHOTO BTOPMHHOTO MeceHmKepa. NO
€ KOPOTKOiCHYIOUOI0 MOJIEKYJIOI0 3 HU3HKOIO MOJEKYJISPHOIO MAacolo,
AKa 3JaTHAa JIETKO TU(PYHAYBaTH y TKAaHWHAX, IIPOHUKAIOUU B KJIi-
TUHU Yepe3 MeMOpaHu 0e3 ydacTi clieliiayii3oBaHUX IIePEHOCHUKIB.
Peaxmifina sgaTHicTs mosBossge NO 3B’sa3yBaTucs 31 cBOIMU Mirre-
HAMU — CHUTHAJbHUMH IIOCEPEeIHUKAMU — i MOAYJIIOBATH iX aK-
TUBHiCTb. BaKIMBUMHU TocepeIHUKAMHU Ilepemadi CUTHAIY, MIOPALI
3 NO, € iou mitposouia (NO') i mpoxgykr B3aemoxii NO i3 cymep-
okcuznoMm (0O;) — meporcuuiTpur (ONOO).

Bimomi Tpu ocHOBHUX MexXaHi3Mu, 3a JomoMoroio Axmx NO
i #foro moxigHi MOAYJIIOIOTH AKTUBHICTS BHYTPIITHBOKJJIITUHHUX Mi-
mureneit (puc. 39).

1. HirposuxyBauusa meraaiB. NO KOMILIEKCYETHCA 3 MeETAaJIO-

BMicHUMU OiKamu, 6e3mocepefHbO MOAYJIOIOUN iX aKTHUB-
HiCTh.
2. S-miTposuayBanHA nucreiny. lom zHiTposouia (NO') dpopmye
3 TioJoBUMHU TpymnamMu mucteiny S-wiTposotion (RS-NO).
3. Hirpysauua tuposuny. Baaemonisa mepokcuniTpury (ONOO")
i3 3aJIUIITKOM THUPO3UHY MPUBOAUTL A0 HITPYBaHHA HOT0 apo-
MATHUYHOTO KiJBIA.

HiTpo3unyBaHHA meTanis

Bnepre 3gataicts NO MonysioBaTi akTHUBHICTH (hepMeHTIB OyJiia
IIoKasaHa y KJIITHMHaX IJIaJKOl MYCKyJIaTypHU CCaBI[iB Ha IPUKJALl
ryaHinatnukaasu. [{urtomirasmMmaruuyHa TryaHiJaTIUKJIa3a KaTaui-
3ye cuHTed nukJgiuHoro GMP (cGMP), akuil peryiie akTUBHICTH
cGMP-zane:xHux MimeHel, y Tomy unciai Kinas. MoxynAnisa akTus-
HOCTi POBYMHHOI I'yaHIJIaTIIMKJIa31 CCABIiB 3AIMCHIOETHCA IJIAXOM
3B’asyBaHHA NO 3 reMoM. ¥ pes3yJsbTaTi YyTBOPIOETHCA (DepPo-HiTPO-
3UJI-TeMOBUH KOMILIEKC, HeOOXimHMI nyia akTuBaiii gepmenty. I'y-
aHiJIaTIIMKJIa3a TBApUH € TeTepoquMepoOM, IO CKJIaJaeThca i3 cyo-
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onvHUNb o i B. OO6uaBi cybommHUII HeoOXimHI KA HmpPOABY KaTa-
JiTHYHOI aKTHUBHOCTI Ta MaioTh N-KiHmeBi perynaropui Tta C-KiH-
meBi KaragiTuuHi gomenu. [[o CKJIaqy peryJAaTOPHUX AOMEHiB cy0o-
OUHUIL BXOAUTHh T'eMOBa I'pylla, HEKOBAJIEHTHO 3B’A3aHa 3 OLIKOM.

Y pocauH He 0yJ0 BUSBJIEHO T'OMOJIOTIB I'yaHiJaTIIUKJIA3U, IKi
PeryamoioThCA OKCHAOM as3oTy, IIPOTEe iCHYe UMMAJIO MeTaJIOBMic-
HUX, Y TOMY YHCJIi TeMOBMIiCHUX, POCINHHUX (DEPMEHTIB, aKTUB-
HicTh, AKUX mOTeHIIiliHO Mo:Ke peryaioBatucsa NO. Busapieno,
110 OKCHJ a30Ty B3a€MO/i€ 3 JIIMMOKCUTeHasaMu, MiTOXOHIPiaJIbHOIO
Ta IIUTO30JIbHOIO aKOHiTasaMu, KaTajasoio, acKopbaT-IepoKcuma-
3010, IIITOXPOM C-OKCHIAa300 IILJIAXOM HITPO3MJIyBaHHS MeTaJiB.
VTBOpeHHS HiTPO3UJI-MeTaN-(PEePMEHTHOr0 KOMILIEKCY IPUBOIUTH
Io imakTuBaIlii 3asHaueHUX (pPepMeHTiB.

ImaxkTUBaIiag MUTOXPOM C-OKCHUIA3U 3HUKYE iHTEHCHUBHICTH IO-
TOKY €JIeKTPOHIB Uepe3 AUXaJbHUI JAHIIOT i, BiAIOBigAHO, IPUTHi-
yye cuHTe3d AT® y miToxoHApiAX. 3a IIUX YMOB IIOTiK €JEeKTpPO-
HIB MOKe MIepepo3MONiIATUCA A0 aJbTePHATUBHUX TePMiHAJIbHUX
oKcumas. @YHKI[IOHYBAHHSA aJIbTEePHATHUBHUX IEePEHOCIiB eJIeKTPOHIB

HiTpo3sunysaHHA meTanis

NO S-HITpO3mnyBaHHA
uncreiny
NS
T CH,-S-
e e
NO- << NO. A . NO* —»
HiTPOKCMNaHioH _loH
HiTPO30OHiA CH,-S-NO

0O,

ONOO~ nepokcunitput

N
OO

HiTpyBaHHA TPO3UHY

Puc. 39. Mexanismu NO-curnamisamnii (3a Besson-Bard et al., 2008
3i smiHamm)
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3HAUHO 3HMKYeE IMpoaykKiliro AT®, asme BogHOUAC iCTOTHO 3MEHIIIYE
PUBHUK YTBOPEHHSA aKTHUBHUX ()OPM KUCHIO.

Cepen wmimeneit NO € HedepmenTarusBHi O0inku. Hanpukian,
y KOopeHeBUX OyabO0uKax 0000BUX 3 OKCHUAOM as30Ty B3aEMOJi€
cumbioTuunuit 6is0K Jseremorsio6in (Lb) 3 yrBOpeHHSM HIiTPO3MII-
Jaeremoryiobinosoro Komiiekcy (Lb-FeNO). Jleremorso6in Gepe
yJyacTh y TPAHCIOPTI KMCHIO B OakTepioigu, popmMyroun 0OOPOTHY
dbopmy okcumiaeremorsobiny (Lb-Fel'O,). Ilpu B3aemoxii 3 KucuHem
MOXKe TaKoxK yrBopuTucs ¢epineremorsobin (LbFe'). ITi dpopmu
(Lb-Fe"O, i LbFe') sgaTHi ed)eKTHUBHO ouuMINaTA IuUTO30Jb Bix NO
ra mepokcuHiTpuTy (ONOO™), dhopmyroun mHitpatu i LbFe. ®opma
LbFe™ eperxTuBHO mepeTBOpioeThea Ha Lb-Fe'O,. BaxawoTs, 1110 I1i
peakiIrii MalTh 3aXUCHY [if0 Ha (PYHKI[IOHAJIBLHO aKTHUBHI OyJIB00UKU
Ta 6epyTh y4yacTh y IUKJIiuHOMY obepranuio Lb-FelO,.

Heski necumbioTiuni rem-Bmicui (Hb) 6inku 3gaTHi KOHBEPTY-
Batu NO B mHiTpar NAD(P)H-3ane:xHUM crioco6oM. SHUIKEHHA BHY-
TPiMHbOKJIITHHHOTO PiBHA NO mpum pisHHX cTpecax € OCHOBHOIO
s3axucHo0 (yHKIicro Hb-0inMKiB B aganTuBHUX peakKI(isix POCJIMH.

S-HITPO3UNyBaHHA LINCTEIHY

VY pocauH ineHTH(dikoBaHO 3HAUHY KiJabKicTh OiNKiB, AKi migma-
I0TbCcA 000pOTHOMY S-HiTposuayBaHHIO. I1i 6inKM 3anydeHi go pis-
HUX (PYHKIi# KJiTHH, TAKUX AK MeTaboJiam, (oTocuHTE3, pery-
JAIiS OKUCHO-BiJHOBHOTO OajiaHcy, aganTuBHI peakirii Ta in. IIpo-
mec S-HITPO3UJIyBaHHS IUCTeiHy BimOyBaeThcsA CIIOHTAaHHO Hedep-
MEHTATUBHUM IILJISXOM, aje A e(PeKTUBHOI0 HiTPO3UJIYBAHHS 3a-
JINIIKIB IucTeiny HeoOXimHe BiAIIOBigHEe aMiHOKMCJIOTHE OTOUEHHS
nucreiny. [leBHe posTanryBaHHS KHUCJIOTHHX Ta OCHOBHUX MOTUBIB
MOJKe IIOJIETIIUTU a00, HaBIaKWu, YCKIATHUTUA HiTPO3WJIyBaHH:A. Ic-
HY€ TPU MOMKJIUBUX BapiaHTu:

1) S-miTposmayBaHHA Bif0OyBaeTbCsA KOHCTUTYTHUBHO 3a (DOHOBUX

KoHIeHTpalin NO;

2) S-HiTposmIyBaHHSA Bi0yBa€ThCs 3a IIiIBUINEHUX KOHIIEHTPAIlii

NO, T006TO BHaCHiOK iHAYKIIiI CMHTE3y OKCHUIY as30Ty;

3) S-miTposmiayBaHHsS He BifOyBaeThCA 3a KOAUX YMOB.

3ajle;KHO BiJl MOJOKEHHS IHUCTeiHy y HOJimenTuIHOMY JIaH-
IIOTy HOr0o HiTPO3WJIyBAHHA MOXKe HO-PidHOMY BimOuBaTHcA Ha cTaHi
Ta aKTUBHOCTI OijKa.
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HirposunyBaHHS € mepeBakKHO 000POTHOI MoAam(ikallie, IMo
I03BOJISIE BUKOPUCTOBYBATH 1i B MexaHidMax Iepefaui BHYTPilITHbO-
KJITUHHUX cuTrHaJiB. [leHiTposmiyBaHHA BimOyBaeThCs y BiTHOBHUX
yMmoBax 3a yuacTio rayrationy (GSH). IIpu msomMy yTBOPIOETHCA Hi-
tpoaorayrarion (GSNO), AKUII TMOTIM OKUCJIOETHCA HiTPO3OTJIyTAa-
rioH-penyKTasoio (GSNOR) mo rayrarioH-gucynbdiny Ta ioHy amo-
Hiro. Ciix sayBasKuTH, 10 3a IEBHUX YMOB HiTPO3OTJIyTATiOH MOKe
OyTu orpuMmanuii mpu B3aemoxii NO 3 riyraTtioHoM, a IIOTiM BUKO-
pucroByBaTucsa gk moHop NO nnsa miTposuiayBaHHS OinkiB. Takum
YMHOM, HITPO3UIYBAaHHS Ta NEHITPO3UIYBAHHS 3IiHMCHIOIOTLCS CIIOH-
TAHHO He()epMEHTATUBHUX IJIAXOM, OPHU IILOMY 3MiIlleHHs PiBHO-
Baru y OiK JeHiTpo3uJIyBaHHS 34 BiIHOBHUX yMOB 3a0€3II€UyETHCS
HITPO3OTJIyTaTiOH-pPeAyKTa3010, sSKa Bifirpae KJIIOUOBY POJb Y BU-
KJIIOUeHHi S-HiTP030TioJI-0IIocepesKOBAHOTO CUTHATY.

IcToTHicTs, S-HiTpO3MJAyBaHHS B MexaHisaMi peryasailii akTus-
HOCTi OyJia moKasaHa OJA JesdKHUX POCIUHHUX OiJIKiB.

OpauM 3 00’€KTiB HiTPO3MJIIYBAHHA € METiOHiH-aTeHO3UJITPAHC-
tdepaza (MAT) — depmeHT AKUN KaTali3dye CUHTe3 S-aleHO3UIMe-
rioHiny. Il cmosiyKa BUKOPHUCTOBYETHCA AK MKePeJO0 MEeTHJIbHOI
IPYOU B Peakilifgx TPaHCMETUJIIOBAHHS i € IOIepeJHUKOM y OiocuH-
Tesi eTreHy Ta moJiamiiB. Y Arabidopsis BusiBiaeHo Tpu izodopmu
meTrioHiH-ameHosunaTpanchepasu (MAT1-MATS). AxktuBHicts MAT1
B pesyJbraTi S-HiTposuayBaHua 3HMKyeThcsa Ha 30%, a MAT2
i MATS3 mpaktuuno He pearyiorb Ha NO. Iloxasano, mo y MAT1
HiTposuayeThca mucTein-114, KUl po3TAIlIOBYETHCS 6€3II0CEPEeTHBO
0insa cyOcTpaT-3B’A3YI0UOTO IEHTPY. AHAJOTIUYHUEA 3aJIUIIOK I[HCTe-
iny y MAT2 i MATS3 Bigcyruiii. S-mirposunyBanusa MATI1, ma0yTh,
€ MexaHi3MoM uepes3 SKUIl 3MiICHIOETHCA B3aE€MOMis MijK €THJIeHO-
BuM i NO-curmamamu.

Binork merakacmasza 9 (Arabidopsis thaliana metacaspase 9 —
AtMC9), axuii Oepe yyacTh y MexaHi3Max amomnTo3y, KOHCTUTY-
TUBHO HiTPO3WJIYETHCA IIePeBaskKHO MO IucTeiny-147, poaralroBa-
HOTO B KarajiTmuHomy aomeHi. Ila KoBajmenTHa Momudikaiisa mim-
Tpumye AtMC9 y HeaKTUBHOMY cTaHi. 3a aKTHBAaIlil allOITO3HOTO
maxy AtMC9 migmaerbesa mii peryasTopHoi mporeasu. ¥ pesyiib-
TaTi YaCTKOBOTO IIPOTeoaidy KoHpopmaria AtMC9 smiHIOETHCA TaK,
mio immui mucrein-29 mpocTopoBo 3aMiHIOE mucrein-147 y xara-
aditTuunomy 1meHTpi. [lucrein-29 Gepe ydacTh y IPOTEONiTUUHIN
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peaxiiii, mo Karamisyerbca AtMCY9, i nmpu mpomMy He HigmaeTbCs
HITPO3SUJIIYBaHHIO, K€ He BiIOyBaeThbCcA uepes BiAcyTHicTL Bimmo-
BiZHUX IIOCJIiIOBHOCTEMH, IO HOJIETIIYIOTh HIiTPO3UIYyBaHHSA. AKTH-
Bamia AtMCY9 BigOyBaeThbCss OZHOPa30BO Ta HEOOOPOTHO, OCKiIbKU
0iJIOK He MOXKe IIOBEPHYTHUCHA y IIOYAaTKOBUI CTaH.
TnikomiTnuauit pepment 3-¢gocdorainepaapaeria-gerigpore-
Haza (3PI'A-IIT') raxkox migmaerbca S-HiTposmsyBauHio. Ila mo-
nudikamisga IPOBOKYE CTPYKTYPHI 3MiHM MOJEKYJaH, AKi HpHUBO-
IATh OO0 iHmaxkTuBaIllii (pepMeHTy, a TaKOK HigBUIIYIOTH HOTO 37AaT-
HicTs 10 B3aemoxii 3 immwumu 6inxamu. MimreHi, 3 AKMMU B3a€EMO-
nie S-mitposusboBana 3PTA-III', i 3HaueHHA BOTO MeXaHi3My
y pocauH He 3’sgcoBaHo. OmHaK BimoMmo, IO y CCaBI[iB HiTPO3UIy-
BanHa 3PI'A-III', kpim iHakTMBaIii IILOTO QEPMEHTY, CTHUMYJIIOE
oro 3B’sizyBaHHA 3 yOiKBiTHMHYMOUOIO Jirasor Siahl. IIa Bzaemo-
Iig cupuse mepenocy Jirasu Siahl y sigpo, me Boma ybOiKBiTHHYE
AdepHi MilIeHi Ta cTUMYyJIOE iX merpamalliio, BKJIOYAIUYN TAKUM
YMHOM MeXaHi3M aIomTo3y — 3alporpaMoOBaHOI 3arubeJi KJIiTHH.

HiTpyBaHHA TUPO3UHY

HoHemaBHa HiITPpyBaHHA THUPO3UHY POBI[iHIOBAIU SAK O3HAKY
OKHCJIOBAJBbHOTO CTPECY, SKHUI CIPUYMHIOE BTPATY HITPOBAHUMU
O6inkamu cBoix GyHKIii. o Toro K Bimomo, mio meski miTpoBami
OiIKM MAalOTh IiABUINEHY YYTJAWBICTH M0 mpoTeosisy. Mimreni Hi-
TPyBaHHA Ta (PYHKI[ioOHaJbHe 3HaUeHHs I[iel momudikarii y poc-
JauH poci He 3’sacoBani. IIpoTe Hapasi IPOMOBIKYIOTH HAKOIUYYBA-
THCA JaHi Mpo Te, IO HITPYBAHHS TUPOSUHY MAaE€ BaKJIUBE DPEry-
JSATOPHE 3HAUYEHHs. 3’SABUINCA TAKOXK MaHi IIPO OOOPOTHICTH Iriel
moaupikarii. Yce 1e J03BOJIS€E 3i 3HAUHOIO J0JIel0 BII€BHEHHOCTI
MIPUIIYCTUTHU, II[0 IPOIlEC HIiTPYBAHHSA BaTIIIKiB TUPO3UHY BUKO-
PUCTOBYETHLCSA B IPUPOML AK IMOBHOI[IHHUNA CUTHAJBHUN MeXaHi3M.

3B’a30k NO i Ca’"-curHanis

NO i Ca%*'-zaneskHi CUTrHAJbHI IIJIAXU TiCHO B3aeMOIIOB’A3aHi
Mixk co6oro. Ctumynasaiia cuuresy NO mpuBOAUTHL OO HiABUINEHHS
koHIienrparii iomis Ca?' B muromnaasmi 3a paxyHOK aKTuBaIlii
MeMOpaHHUX KaJbIIieBUX KaHAJIB, AKi JlokaizoBaHi y miasmaaemi
Ta BHYTPIIIHiX MeMOpaHax, TOJIOBHUM YMHOM y ToHomaacTi Ta EITP.
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IcuyioTh aBa ocHOoBHiI MexaHismu BBy NO Ha KaJabIlieBi Ka-
HaJIU:

1) mpAMuHUii — ILJISXOM HITPO3MIyBAHHS KaHAJIB;

2) HempsaAMHUI — OIIOCEPENKOBAHUN BTOPUHHUMU MeceasKepaMu
MUKJivHUM ryaHosuHMoHODochaTom (cGMP) i mukmiunooo anxe-
HosuHAUDOchaTpubosow (cADPR).

Icuye Takosx oboporHui 38’a30k Mixk NO i Ca?'. Hanpuxaan,
MiABUIIEeHHA IIMTO30JLHOI KoHIeHTpalmil ionis Ca’?', cupuuunene
axTuBaiico miaasmagemuoro Ca?'-xamany CNGC2 min giero esici-
TOPiB, IPUBOAUTL A0 IocujeHHs mpoaykiii NO. 3maTHicTh ioHiB
KaJbIlito crumyJroBatu cuated NO saBjse co00I0 PeryasaToOpHY IIO-
3UTHUBHY MeTJI0, 3a momomororm sakoi NO KOHTpPOJIIOE CBill Bjac-
HUU CUHTES.

3.2.3. HykneotnaumnknasHi CUrHanbHi cucremu

CurHajbHI MexXaHi3MU 3 yYacTIO MUKJIIUYHUX HYKJIEOTHIIB (HYHK-
IIIOHYIOTH ¥ BCiX OCHOBHUX IIapCTB JKUBUX opraHismiB. OgHaK ¢op-
MyBaHHA AaHOl KOHIENIii TpuBajso 6Jau3bKo miBcTosaiTTs. IIpo Te,
110 nMuKJIiuHuil ageHosuHMoHodochar (cAMP) BukoHye GyHKILI
BTOPUHHOTO MeCeH/Kepa y TBapUHHUX KJIiTWHAaX, BiJoMO 3 KiHIA
50-x pokKiB ABAAIATOTO CTOJITTA micasa Bigxkpurta CasepieHma
1957 poky. Ille uepes mecATMIITTA aHAJIOTIUHNUIT BUCHOBOK OYB 3pO-
Omenuil A mpokapioTiB. OgHAK AJA POCAWH TPHUBAJIHUI Yac He ic-
HYBaJIO JKOLHUX €KCIIePUMEHTAJbHUX JOKAa3iB He TIIBKU Ipo (GYHK-
IIiIOHYBaHHA HYKJIEOTHUAIIMKJIAZHUX CUTHAJBHUX CHUCTEM, ajie Ha-
BiTH IPO IPUCYTHICTH B IXHIiX TKAHWHAX IUKJIIYHUX HYKJIEOTUIIB.
3 miei mpuumau B 1970-x poKax cKJjaJjacs AYMKAa, 10 Y POCIUH
HEe CUHTE3YIOThCA IUKJIIYHI HyKJeoTuAMOHO(POChATH, B TOMY UUCJIL
cAMP, i He mpaIOOTh CUTHAJBHI cCHUCTEeMHU 3a iXHBOIO yuacTio. Oc-
HOBHA IIPUYMHA IILOTO — HAA3BUYANHO HU3bKi KOHIIEHTPAIil ITux
peuoBuH y pocauH. Kounernrpania cAMP B pocaIuHHUX TKaHWHAX
cranoBuTh MeHmie 20 nM Ha 1 r cupoi macu, TOAi AK y TBaApUH —
6inpme 250 uM. Kinpkicts ¢cGMP y pocaun, 3a3Buuaii, MeHIIIe
B 20—30 pasiB, mopiBHAHO 3 cCAMP. BMmicT MUKJIIYHUX HYKJIEOTH-
IiB iCTOTHO PO3PiBHAETHCA B Pi3HUX TKAHWHAX 1 opraHax POCJIMH.
Kpim Toro, iX KOHIIEeHTpAIlisa MOKe 3HAUHO BapiloBaTU IIiJ] BILIMBOM
3oBHimHiX unHHUKiB. Hanpuknaxn, y saucti Arabidopsis thaliana
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KoHIneHTpalis cGMP min miero aBipysaeuTHoro mramy Pseudomonas
syringae minBuiryBasacd 3 0,4 o 1 oM ma 1 r cupoi macu.

BugaButu ImMUKIIYHI HYKJIEOTUAM Y POCIHH CTAJO MOMKJIUBUM
TiTBKY 3aBAAKUN YIOCKOHAJEHHIO MeTOAiB imeHTudikamii xiMmiunmx
cnonyk. JJocaiiyKeHHA OCTaHHIiX IBOX MECATUJITH MO3BOJIAIOTH 3PO-
OMTH BUCHOBOK, IO, HE3BAKAIOUM Ha HMU3bKi KOHIleHTpAaIil muKiIiu-
HUX HYKJeoTuamoHodocdariB, y pocanH, IK i y TBapuH, PyHKITiO-
HYIOTh HYKJEOTHUAINKJIa3Hi curuajbHi cucremu. Ilokasano, 1o 3a
yuacTio CAMP i cGMP saificHO€eThCA peryJidilisa 6araTboxX peaxiiii
poCauH, ¥ TOMY YMCJi MOAYJISIlisg IIPOAUXOBOI TpaHcmipaiiii, po-
cTOBi peakirii, daxmcHi MexaHisamu Toimo. OgHAK JOCHLOTOLHI CHTI-
HaJIbHI MeXaHi3MHM 3a yYacTiO MUKJIIUHUX HYKJIEOTHUIIB Y POCINH
€ HallMeHIII BUBUEHUMU.

AfeHinaTumknasHa cucrema

(OepmeHTN ageHinaTuMKNasHoI cucTemu

Anenimarnukaasu (AIl) — 1me dep-
vt MenrTm, mo KaTamisyoTb YTBOPEHHS ITH-
(/N i N kaiuroro AMP 3 ATP y mpucyTtHOCTI io-

s o N J HiB Mg?'. ¥V pesyabTari peakii Bigmemn-

o N JOEThCA TipodocdarHa rpyma, a Mimx

\P\ Y a-pocharom i rigzpoxkcuaomM 3-ro aToma

0=1"0  OH KapGoHy 3aaumKy puGO3H YTBOPIOETHCS

© edipunit 38’sa130K. TaKUM YMHOM, TIPOAYK-

Puc. 40. Huwmiaenit  poy peakrii € 8'-5-cAMP (puc. 40) i mi-
ajleHO3MHMOHO(pochaT

(3'-5'-cAMP) podocdar.

ATP — cAMP + PP,

YTBOpeHU BropuHHU MeceHIKep 3'-5'-cAMP uacrimnre HaszuBa-
IOTh MUKJIYHUM afleHo3mHMOHOpochaTom abo cAMP 6e3 BKasiBKu
TIOJIOKEHHA TUAPOKCUIIB, AKi 6€PYTh y4acTh B YTBOPEHHI ITUKJIiU-
HOTO (hochonmedipHOTO 3B A3KY.

Posmennerna cAMP spificHoeTsca docdogiecrepazorw (PE).
ITeit hepmeHT rigposisye mukaiuamil hochoedipHuii 3B’ A30K, y pe-
3yJabTaTi yoro yrBopioeTbecss AMP. 3ane:xHo Bim Toro, AKi isodopmu
®DE npoaBiATb aKTUBHICTb, MOKYTH yTBOpUTUCA ABi hopmu AMP
3 pisHUM moJokeHHAM (QocdaTHol rpynu: 5'-AMP a6o 3'-AMP.

H\
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HesBaskarouu Ha Te IO aJeHIJaATIIMKJIA3W PidHUX BUIIB KUBUX
OpraHiaMiB KaTaJIi3ylOTh OHY I Ty 3K Peakxililo, BOHM MAalOTh CYTTEBIi
BigMiHHOCTI B CTPYKTypi Ta Mexawuismi peryamoBamua. I[o Toro x
3HAYHI PO30isKHOCTI BUABJISIOTHCSI HABITH 3a aMiHOKHCJIOTHOI IIO-
caimoBHOCTI KatamiTmuHHX AoMeHiB. IcHye KinbKa KJaacudpikaiii
All Ha OCHOBiI MEPBUHHOI CTPYKTYPU PiBHUX (PYHKI[IOHAIBHUX IO-
MeHiB 1uX (PepMeHTiB, TOJJOBHUM YHMHOM, KaTaldiTmuHux. I[Ipore
Hi B OHY 3 IuX KJJacudikKalliii mOKHU Ie He BKJIIOUEHI POCIMHHI
All, ockismbKku BimoMocTi Tpo HUX BKpail oOMeKeHi.

MewmbpanosB’sa3ani ageninarmuiaasu (MAII) ccaBIiiB ABIAIOTH
co000 CKJIaAHi iHTerpanbHi OiJIKM TJIiKOIPOTEiHM 3 MOJIEKYJISAP-
Hoo Mmacoro 180-200 k]Il (1064-1248 aMiHOKHMCJIOTHUX 3aJIHIII-
kiB). IlominenTuguuit maHmoor ycix mem6panaux All 12 pasiB me-
peTuHae MeMOpaHy, (DOPMYIOUHN OBa MOAYJIi, KOKHA 3 AKUX CKJIA-
maeTbesa 3 6 TpancmemOpaHHUX gomeHiB. Ha 30BHiImIHIN cTOpoHi
mjaasMajieMyd 3HAXOAATHLCA TiMbKU HeBeJMKi MiMKIOMeHHI IoJimerr-
TUAHI OiISHKY, AKi YaCTKOBO TJIIKO30BaHi oJIirocaxapuaHUMU I'PY-
naMu. I3 MUTOILIa3MaTUUYHOI CTOPOHU 3HAXOAATHCA KOPOTKUiZ N-Ki-
Hellb i 3HauHO Oinbmuii C-KiHellpb MOJIEKYJIM, a TAKOYK BEJIUKUI
¢dparMeHT, pPoO3TAIIOBAHUUN MixK ABOMa 6-IJOMEHHUMHN TpaHCMeMO-
paHHUMEU cTpyKTypamu. CepeqHiil ITUTOILIasMaTUUYHUNA (parMeHT
i C-repminanbua minaaka moaimenmTuaHoro jaHipora All dopmy-
I0OTh aKTUBHUU I€HTP, IO BKJIOUAE NiAAHKY 3B asyBamua ATP,
a TAKOXK PeryJsaTOPHUI caliT, uepesd AKHUUN 3IilCHIOETHCS B3aEMO-
nisg pepMeHTy 3 o-cybomamHuIleio rereporpumMmepuaoro G-6imka. Ilpu-
MyCKaloTh, M0 KaTaxiTuuHa akTuBHicTL All BUABIAETHCA TiIbKU
y romonuMepHOl opMu (pepMeHTy.

Mogaynsamia aktuBuocTi MAILL ccaBiB s3mificHIOETHCA ABOMA THU-
namu G-6inkis: G, i G;,. IIi 6inku pisHATHCA TiNBKU a-cybomm-
HUNAMU, AKi 37aTHiI acomiroBatu 3 guMepoM [y OJHOTO THITY.
G, i G; akTUBYIOTbCS PiSHUMU CUTHAJIAMU TA YNHATH ITPOTUIIEIKHUNA
BriuB Ha All. Ilpum maaBHOCTiI BimmoBimHOTO cTUMYyNy [(-ampeHep-
riuni penentopu akTuByioTh G-0in0K, a a2-anpenepriuni — G;-6i-
Jok. B obox Bumagzkax G-0iJIKM AMCOIiIOIOTH, a O-CyOOOMHMUII,
SAKi BUBIJIBHAIOTHCSA, B3aeMonaitoTh 3 MAIL. AxkTuBalisa amenimar-
MUKJa3u BifOyBaeThbCA BHACIILOK YTBOPEHHS KOMILJIEKCY 3 O-Cy-
6oxmuauneo G,-6inka, Toni Ar a-cybomuuuna G;-6iska mpurziuye
AKTUBHICTH (DEPMEHTY.
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¥ mporieci mogymtoBaHHA akTuBHOCTI MAII meBHe 3HAUEHHS HA-
O0yBaroTh y-muMepu, AKi BUBIIbHAIOTHCA Bix a-cybommHuUIls. BBa-
JKAIOTh, IO BinbHI Py-KoMIeKcu 3B’A3YyIOTH o-cyoomumuuIi G-6isu-
KiB iHIIIOTO THMIY, 3amobiratroum iXxHboMy BIIuBYy Ha MAIIL.

Hapasgi y ccaBiiB igzentudikoano 9 isopopm All. Bouu Bin-
PiBHSAIOTHCA 3a YYTJMBICTIO IO iOHIB KaJIbI[il0 Ta PEryaioioThCA Pis-
HumMu tunamu G-6inkiB. ¥ mogmynasamnii aktuBHOCTI MAIL MOXKYTH
OpaTu ydacTb a-cybommuwuIli, By-qnumepu, ionu Ca?*, KaaibMOAyJIiH.
IIpuuomy B3aeMoOmis IIMX CUTHAJIB YacTO BifOYBa€ThCS 3 BUCOKUM
CTYyIIeHEM CHUHEpPTiuHicThb. ¥ PNl BUIAAKiB aJeHiJaTIMKJIa3a MOXKe
OpaoBaT AK JaTYUK 30iry, OTPUMYOUHN i iHTErpyodu CUTHAIHN
Bim mBOX pisHUX pelenTopiB uepe3 G-0inkm abo iHImi BHYTpimI-
HBOKJIITUHHI curHaabHi Moseryau. IIpu mpomy momiTHa akTuBa-
1isg (abo pempecist) BimOyBaeThCsA y BUMAAKY, AKIIO JBA PEIEIITOPU
PisHOro KJacy aKTHMBOBaHI OJHOYACHO.

AxtuBHicTh MAILL 30yAIMBUX KJIITWH TBApWH, HAIPUKJIAL HEM-
POHiB, MOKe 3MiHIOBaTHCS IIPU (PIYKTyaIii MmeMOpPaHHOTO IIOTEH-
miasy. 3MiHa 3apsaay Ha MeMOpaHiI cIpuse 3CyBaHHIO TpaHCcMeMO-
PaHHUX OOMEHIB OAMH BiJHOCHO OJHOTO, IO 3PEIITOI0 BimOuBa-
€ThCA Ha aKTUBHOCTI (pepmeHTy. ¥ 1mboMy Bumanky All smaTtHa ca-
MOCTiliHO MOAYJIIOBATH BHYTPIiIIHBOKJIITUHHI CUTHAJIN Yy BiAIOBiIbL
Ha cTUMYJ 0e3 ydacTi peremnTopa.

3HauHUY BILIUB Ha aKTuBHicTh MAIL Mae KoBaseHTHaA MOAU(i-
Kamisa nuiaxom (ocopuiaoBaHas cuenu@ivHuMu Kinaszamu. ®oc-
dopurtoBaHHsa 3MiHIOE cTan All Takum YmHOM, ITII0 BOHA cTae 0iib-
oo (abo MEHIT0I) MipoI0 CIPUUHATIANBA A0 aKTHBAILl pisHUMUI
CTUMYJIAMH.

Posunnni ageninarnukaasu (pAll) ccaBiiiB cuHTE3yIOTHCA B He-
aKTUBHiNI mMoBHOpPO3MipHi# dopmi (6amssrko 190 k), Tomi aAK ax-
TUBHUU (pepMeHT SABJIsA€ cO00I0 aMiHOKiHIIEBUU (hparMeHT IOIepe-
Huka (meurre 50 k). ¥ N-kiHmesiit yacTuHi moBHOPO3MipHOI MoJIe-
Kyau epMeHTy JIOKAJIi3yIOThCsA ABa KaTaJIiTUUHI JOMEeHH, a B Kap-
OOKcHuTepMiHaJBHIN 00JiacTi pos3TallloBaHWI aBTOiHriGiTOpHUII 10-
meH. Takum umHOM, mporecinr pAll BigmOyBaeTbcs i3 3amyyeHHAM
mpoTeosiTuuHOTO MexaHismy. Ha Bigminy Bim memOpamnumx All,
aKTHUBaIlid PO3UYMHHUX (OpM 3IailicHIOeThbcA 0e3 yuacTti G-6iaKiB.
AxTuBHicTs pAll icTOTHO 3aMe:KUTh Bif KOHIeHTpaIlii iomis Mn?*
i 6ixapbonatry (HCO;).



EQEKTOPHI MOJEKYJIN TA BTOPUHHI MECEH[XXEPU 131

Braxkarors, 1mio yytsauBicTs fo ionis HCO; mosBosse pAll Buko-
HYBaTU POJIb CeHCOpa MeTa0O0JIiuHOl aKTUBHOCTI KJIiTUHU, OCKIIBKU
KOHIIeHTpaIlis 6ikapboHaTy 0e3mocepeSHbO 3aJ€KUTh BiJ iHTeHCUB-
HOCTi eHepreTHUYHUX IIPOIECiB: KiHIIeBUM MHPOAYKTOM OKHCHEHHS
e CO,, 1110 KOHBEPTYETbCA KapboaHTipasaMu Ha ioHu OikapOoHAaTYy.

ApnenimaTuukaasu pocauH. [3odepMeHTHUN CKJIa ageHiIaTIu-
KJIa31 POCJWH HEe BUBUEHUN, IPUUOMY OiJIBIITiCTh JaHUX IIPO IIi dep-
MEHTU MAaloTh HempaMuil xapaxrep. lledAKi ioHM JBOBaIeHTHUX Me-
TajiB MalOTh PisHMUii, a iHOAI II MPOTUJIEKHUN BILJINB Ha ajJeHija-
THUKJIA3HY aKTUBHICTBH, acollifioBaHy 3 MeMOpaHaMu B POCJIMH-
HuUX TKaHmHax. [le BKasdye Ha IPUCYTHICTH y POCJUH JEeKiJIbKOX
isodopm memOpaHo3B’s3amoi ameninmarnukiaasu (MAIL). HaasuicTs
posuuHHOi opmu (pAIl) mporo depmenTy 6ararbmMa JOCTITHUKAMU
cTaBUThCA MHig cymMHiIB. Pasom 3 Tum, mepembadaeTnhcs, IO Y PoOC-
JauH QYHKI[IOHYE aJeHiJaTIIMKJasa, cJado acolliiioBaHa 3 KJITHUH-
HUMH OpraHeJlaMHU Ta ejleMeHTaMu murockemnery. Ils dpopma, ma-
OyTh, € IMOBEPXHEBUM MeMOpaHHUM OiJIKOM, AKHII He Mae€ TpaHC-
MeMOpPaHHUX IOMEHiB.

dochomiecrepasu. PochomiecTepasy ABIAAIOTL BEJIUKY TPYITY
depMeHTIB, AKi PO3IIEII0Th IMUKIiuHI pochonmnedipu. Oxpemi
isopopmu PE TBapuH BUSABIAITHL CyOCTPaTHY crenu@idyHicTb Bin-
HOCHO 3'5'-IMUKIiUHNX HyKJeoTuaMmoHodochatiB (cCAMP, cGMP) ato
2'3'-mMuKJIiYHNX HyKJeoTuIiB. @ochoaiecTepasu, 110 PO3IIEILIOIOTH
cAMP i cGMP, (pyHKIIIOHYIOTL V HYKJCOTHUAIIUKIAZHUX CUTHAJD-
HUX cucteMax, a @E, cunenudiuni go 2'3'-MUKIIYHIX HYKJIEOTUIIiB,
OepyTh yuacTs y gmerpagamii PHE.

Binbiricts pocauaanx ®E MaoTh MeHITY cyOCTpaTHY CIIEIU-
¢iuHicTb, MOPiBHAHO 3 TBApUHHUMU (epMeHTaMM’, i MOKYTb PO3-
mienJmoBaT He Tiabku 3'5'-mikjaodocdaru, ane i 2'3'-muririvmi
HyKJeotunu. Kpim Toro, ¢gocdomiecrepasu pocjanmH BIJINBAIOTH
Ha (QochoauedipHuii 3B’A30K 3 PisHHUX cTOpPiH mI0A0 (docdaTHOI
rpynu, BHACJITOK YOTO0 YTBOPIOETHCS HE OOUH, a CYMiIIl IIPOAYKTiB
peakirii. Hanpukaazn, npu posieniedHi cAMP yTBoproeThes cyMilin
5'-AMP i 3'-AMP. CuiBBigHOIIIeHHSA IIUX NPOAYKTIB 3aJI€KUTH Bif
izopopmu PE ii ymMOB, OfHAK y OLJBIIOCTI BUIIAAKIB 3 JBOX MOK-
JUBUX MPOAYKTiB mepeBa:xkae 3'-AMP. Ilpu xkaramxiTuuniii gii TBa-
punHUX Gocdormiecrepas Ha cAMP ab6o cGMP mepeBaskHO yTBOPIO-
IOTBbCA BiAMMOBiAHI 5'-MOHOHYKJIEOTHUIN.
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Ponb cAMP y perynauii akTMBHOCTi NpoTeiHKiHa3n A TBapuH

IIporeinkinasu A — 1ie cepuH/TPEOHIHOBI IMpoTeiHKiHA3M, aK-
TUBHICTh SKUX peryaerbcsi cCAMP. ¥V meakTuBHOMY CTaHi IIpoTeiH-
Kinasu A icuyiorh y Burasami terpamepiB C,R,, AKi cKiamaioTbcs
3 nBox kKartamitTmuHux (C) i mBox perynaroprHux (R) cybommHUIb
(puc. 41). PeryasTopHi cy0OAMHHUIIL YTBOPIOIOTH MIITHO 3B’sA3aHUIL
numep (R,), akwuii 36epiraerbca npu gucortiaimii Terpamepa. Cra-
OiMBbHICTH CTPYKTYPH TeTpaMepa IiATPUMYETHCA 3a PAXYHOK cJiad-
KHX B3AaEMOJill MijK AaKTUBHUM IEHTPOM KaTATiITUUHUX UYaCTHUHOK
i mceBmOCYyOCTPATHUMMU IIOCJHiZOBHOCTAMU PEryJSTOPHUX CyOOIM-
Huib. [IceBmocyocTparna nmociimoBHicTh (—RRGAI-) Bigpisusaersca
Big mociimoBHOCTi cyOocTtpary (—RRGSI-), y akilt 3agauIioxk cepuuy
migmaerbea gochopuIoBaHHIO, HaABHICTIO asaHiHy (A) 3amicTh ce-
puny (S). Koxxra R-uacTtka mae nBi minmanku 3B aA3yBaHHa cAMP.
V pesyabraTi npuegHanHa 4-x MoaexkyJs cAMP mo aBox peryJssTop-
HHUX CYOONUHUIh 3MiHIOETHCS KOH(MOpPMAaIlid OCTaHHIX, IO IIPUBO-
IUTH MO BUBiJIbHEHHS ABOX OKPEMUX KATAJITUUYHHX CYOONUMHUIb.

Karanituuni aktusHi cyooquuauili C dochopuiiooTs 0iIKM, ki
MalOTh XapaKTepHi MOCIiJ0OBHOCTI, MOAYJIIOIUMN IXHIO aKTHUBHICTb.
Ilicna gucoriaiiii TeTpaMepHOT0 HEAKTUBHOIO KOMILIEKCY 3B’SA30K
cAMP 3 peryJassiTOpHUMU CYOOOUHUIIAMU cjadIiiae. AKTUBHICTD IIPo-

cuHTe3 pos3uienneHHs
cAMP BUBINIbHEHHA cAMP 38'A3yBaHHsA

ATP KaTaniTMyHmX AMP. KaTaniTMYHmX
cyboanHmLb cyboanHuLb
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Puc. 41. Perynsimis akTuBHOCTI mpoTeiuKinasu A TBapuH.
YMOBHI no3HAUEHHA:

PKA — xkarajituuHi cy0omuHUIl IpoTeinkinasu A;

R — peryaaropHi cybomuuuili nmporeinkinasu A;

AC — agmeninmaTnukiasa;

PE — @ocdoxaiecrepasu
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TeiHKiHasu A 3ajeXUTh Big KoHIeHTpanii cAMP, a sBigmoigmo,
i Bim cmiBBigHOINIEHHSA aKTHUBHOCTEI ajeHijJaTIMKJIa3u Ta (docdo-
nmiecrepasu. IIpu ycyHeHHi 30BHIIIIHBOTO CTUMYJY, KU aKTHUBYE
cuuTe3 cAMP, BMicT BTOPHHHOTO MeceHIKepa 3HUKYETbCA. Pery-
JATOPHUN AUMep 3a HU3LKOI KoHIleHTpallii cAMP 3B’sa3ye I iHak-
TUBYE KaTaJiTUUYHI CyOONMHMUIII.

IIporeinkinasa A Oyna BusBJeHA B ycix TBapuH. lleit epmeHT
BUKOHY€ HaWBaKJIUBIII pPeryaaTopHi (PYHKILiI, ocKiabKu (ochopu-
JII0€ BEJUKY KiJbKiCTh IUTOILIABMATUYHHUX 1 AAepHUX OinKiB, 30-
Kpema ricroHu. AKTHBaIig npoTeiHKiHasu A IPUBOAUTEL OO MOLY-
JAIil aKTUBHOCTI (pepMeHTiB, TPAHCKPHUIIIHHNX i XPOMaTUHOBUX
¢paxTopiB. TakuMm umHOM, IIPOTEeiHKiHA31 A 0epyTh y4acTh y pery-
JATOPHUX MexaHisMax, IKi KOHTPOJIIOIOTHL He TiJIbKKM MeTaboJiuny
AKTUBHICTL KJIITHHHU, ajle TAKOXK eKcIpeciio rexiB i mpoiiecu pe-
MOJIeJIIOBaHHA XpoMaTuHy. Biiku, romosoriuni nmporeinkinasam A,
Y POCJUWH BUABJIEHI He OyJIu.

3HaueHHA cAMP y perynauii akTUBHOCTi KaTaboniTHUX reHiB y 6aKTepii

V¥V rereporpoduux 6axrepiit cCAMP Gepe yuacTs B aKTHUBAIIii Ka-
TaboJIITHOM TI'eHiB, II[0 KOAYIOTH OiIKM, HeoOXimHi GakTepisam s
yTuaisaiii aJlbTepHATUBHUX AKepeJ JKUBJEHHsS B yMOBaxX HecTadi
riaokosu. Excupecis GiabimocTi omepoHiB, AKi HecyTh KaTaboJiTHI
TeH’, KOHTPOJIIOETHCA 3a JOIMIOMOTOIO JNEKiJbKOX MexXaHi3MiB, OMHUM
3 AKMX € IMO3UTHMBHA iHAyImMOeJbHA peryiadiida 3a ydacTio cAMP.
B oGsacTi mpomMoTOopa TaKMX OIEPOHIB 3HAXOAUTHCS NIIAHKA 3B’ -
3yBaHHSA O0COOJIMBOI'O PEryJIATOPHOro 0iNKa, AKMI HA3MBAIOTH OLJIOK,
SIKUI aKTUBYE KaTaOogiTHuii reH, abo CAP (catabolite activator
protein).

CAP 3sabGesmneuye momaTkoBi caiitu 3B’sisyBanusa PHK-momime-
pasu 3 IIPOMOTOPOM OIEpOHY i € (haKTOpoM, SKUU IIiJACUJIIOE iH-
nykimiro excupecii. Coopiguericte CAP i3 mpoMoTopoM 3ajie:XKUTh
Bixg koumeHnTtparii cAMP y kiituni. IligBuinenusa kinbkocti cAMP
cupusie mocuseHHo B3aemozaii CAP i3 mpomoropom i, BigmoBimwo,
akTuBaIii excmpecii, i maBmaxku. Koumnenrpamia cAMP szanexursb
BiZl aKTUBHOCTI afeHisaTiinkaasu Ta ochoaiecrepasu. AKTUBHICTD
000x ()epMEHTIiB aJIOCTEePUUYHO PETryJIIOEThCA TJIIOK030i0 (puc. 42).
Aneninarunukiaasa iHrioyerbcs riamoKo30i0, a ¢gocdoaiecrepasa,
HaBIIaKW, — aKTUBYEThCA. TaKUM UMHOM, SKIINO KOHIEHTpAIisd
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TJIIOKO3Y MOCTATHA AJA XapuyBaHHSA KJIITHUHU, TO aKTUBHICTH aje-
HIJIaTIUKJIa31 € HU3bK0I0, a (ocdoaiecrepasu — BHCOKOO. Tomy
3a HASIBHOCTI IJIIOKO3M Y KJIITHHI IMiATPUMYEThCA HU3bKa KOHIIEH-
Tpania cAMP. 3HMKeHHA KiJTbKOCTI I'IIOKO3U IPUBOIUTH A0 IIPO-
TUJIEXKHOrO e(DEeKTy: aJeHiJaTIKIa3a aKTUBYEThC, a (ocdomiecTe-
pasa, HaBIAKM, MPUTHIUYETbCA. ¥ Pe3yJbTaTi 36iJIbIIYETHCA KOH-
neurpaiis cAMP, y npucytrocti sikoro CAP 3B’sa3yeTbcd i3 mpo-
MOTOPOM i IifIcHII0€ TPaHCKPUIIILil0o. KOHTPOJIh aKTUBHOCTI KaTabo-
JiTHUX omepoHiB uepes CAP 3a1exXuUTh Bifl KOHIIEHTpAIlil IIIOK0O31
B cepemoBuili Ta B KiituHi. OcKinbKu y OGakKTepiii cuntes cAMP
aKTUBYETHCA B YMOBAX HeCTaui TJIIOKO3U B CEPENOBUIIT, ITI0 PETYJIs-
TOPHY MOJIEKYJY TaKOK Ha3WBAIOTh «CUTHAJIOM T'OJIOAY» OaxkTepiii.

afeHinaTyuknasa
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Puc. 42. MexaHisM mos3suTuBHOI iHAYIMOETbHOI peryJdAilii KaTaboiTHUX
reHiB y 6akrepiii 3a yuactio cAMP (Ha mpuKJazi JaKTO3HOTO OIIEPOHY).
YMOBHI TO3HAYEHHSA:

CAP — 06inok, AKuil aKTUBYE KaTaOOJITHUH I'eH;

lacl — perynsTopHUI T'eH, 10 KoAye iHTiOiTOD lac-omepoHy;

lacP — mpomoTOD;

lacO — omepatop;

lacZ, lacY, lacA — cTPYKTypHi reHu, 10 KOAYOTh, BiIOBigHO, 3-ramaKkTo-
3unasy, mepmeas i f-ramaTosuiaTpaHcaleriiazy

cAMP-perynboBaHi 6inku pocinH

Y TBapMHHUX KJITHMHAX ocHOBHuUMHU MimneHamMu cAMP e mpo-
TeiHKiHasu A Ta i0HHI KaHaJM, 1[0 BiAKPUBAIOTHCA MUKJIIUHUMU
nyrjaeorugamu (cyclic nucleotide-gated channels — CNGCs), Tomy
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0yJi0 3p0o06JieHO cIIpo0y IOIIYKY IOoAi0HMX OinkiB y pocauu. IIporein-
KiHasa A-moniOHi ¢epMeHTH, aKTHUBHICTbL SAKUX PEryJIEThCS IU-
KJIIYHUMH HYKJEOTHUIaMHU, Y POCJAUH He Oyau BuABJeHi. Ilomryk
TakuX KiHas mpoBoAauBcA OioiH(opmalitHuMu MeTogaMu (3a Ha-
SABHICTIO IIOCJIiZIOBHOCTEI, TOMOJIOTiUYHMX IIOCJIiJOBHOCTEH IPOTeiH-
Kinmasu A TBapuH), i 6ioxiMiuHMMEU 3 BUKOPUCTAHHAM CcyOCTpaTiB,
10 XapakKTepHi Aasa KiHas ccaBiiB. He MOKHa BUKJIIOUYATU MOMK-
JUBicTB, IO y pocauH cAMP-perynaboBaHi mpoTeiHKiHa3u MaioTh
HU3bKY T'OMOJIOTiIO 0 aHaJoTriuHUX ()epPMEeHTiB TBApHUH i IIPOABIIS-
I0Th cuenu@iuHicTh A0 iHIIOro cyocrpary. TakuMm uymHOM, He3Ba-
JKAl0UM Ha BiJICYTHICTH Y POCJMH NpPOTeiHKiHasu A, MUTaHHSA IIPO
Te, un 0epyTh yuacTsb CAMP-perynaboBani nmporeinkiHasu B CUTHAJIL-
HUX MeXaHidMaX POCJINH, 3aJHUIIAETHCA BiIKPUTUM.

Touui KaHaMM, 1110 BiZKPUBAIOTHCA MUKJIIUHIMU HYKJIEOTUIAMUI
(CNGCs), y pocauu Oyam BUABJEHi, O TOTO K JOBemeHa ixXH:A
y4yacTh y TPAaCAYKIIHHUX MexaHiszMax.

CNGC pocaun. Ilepmuii ioHHUE KaHaJ, AKUl OYB oxXapakTe-
pU30BaHUIl Yy POCINH SK KaHAaJ, IO BiAKPUBAETHCS IUKJIIUHUMU
HyKJeotunamu, 0yB AtCNGC2. Ile K*-kaman, axkuii 3maTeH mpo-
Boputu ioHm K*' Ta iHINI MOHOBaJeHTHI KaTioHM, 3a BUHATKOM
Na*. IaTeHCHUBHiCTH, TpaHCMEeMOpPAHHOTO IIOTOKY iOHIB uepes Iei
KaHaJI 3aJIe;KUTh OesmocepenHbo Big cAMP. IIpore Ha aKTHUBHICTD
AtCNGC2 BoniausaioTh He TinbKu cAMP, ase i ioHM KajabIliio:
MikpomonsapHi xoHmenTpanili Ca?t 6imokyoTs AtCNGC2.

Hapasi B Arabidopsis monan 20 6i1KiB posTriasamamoThCa AK IPe-
craBuuku poauuau CNGC. Cepen HHUX € KaHaIu, AKi cmemiamisy-
IOThCS HA TPAHCIOPTI MOHOBAJIEHTHUX a00 ABOBaJEHTHUX KaTio-
HiB. ImoBipHO, Mosmekyaun CNGC 1ricts pasiB mepeTmHaOTh MeMO-
pany (momenu S1-S6), mpuuoMy KiHIIeBi MiJIAHKU JIOKaJi3yOThCA
i3 muromiIasMaTuuyHOTO 00Ky MeMOpanu. Mixk TpaHcMeMOpaHHUMU
momenamu SbH i S6 smaxomurhesa moposuit momen (P-loop). Ha kap-
OOKCHUTepMiHANbHIN AIJIAHIII MOJIEKYJIN PO3TAIIOBYIOTHCS ITUKJIiU-
Huii HyKjIaeotun-3B’asysanbuuii (CNB) i Ca’'-kanabmoxmyrin-3B -
sytounii (CaMB) moMeHM, AKi 4acTKOBO IepeKpHBaOThCA. VIMo-
BipHO, nmpuegnannsg Ca’"-kanpmonyiainy mo CNGC samobirae iioro
akruBanil mukjaiuaum AMP. CNG-rkamajaum pocJuH i TBapwmH Ma-
IOTh BUCOKUU cTyIiHb romoJiorii. Oguak y moserkyai CNGC TBapun
CaMB-momMeH 3HAXOAUTHLCS B aMiHOTEPMiHAJIBHIN 00JaCTi MOJIEKYJIN.
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dyuriionansai CNGC tBapuH € rereporerpamepamu. CTpyKTypa
dyukmionansao aktuBHEUX CNG-KaHamiB y pocJuH HeBimoma, Of-
HaK HaABHICTh y T€HOMi POCJHNH BEJUKOI POAWHU T'eHiB, IO KOLY-
othb pisHi CNGC, mosBossie mpumyctutu, 1o pociaunuui CNGC ra-
KO (POPMYIOTH IeTepOMepHu.

CNGC 06epyTh yuacThb y 3aXHCHHX MexaHidMax, poboTi TpaH-
cIipaIiifHoro amaparty, 3pPOCTaHHi IIUJIKOBOI TPYOKM, CBIiT/IOUYTJIN-
BOCTi Ta iHmmMx peakrmisx pocauH. OcraTouHo (isiosoriuna posb
CNGC pociuH He BCTAHOBJIEHA, IPOTE BBAYKAETBHCS, IO 3arajbHa
(GYHKIIA MUX KaHAJNIB IIOJIATAE Y IIiABUINEHHI PiBHA i0oHIB KaJb-
Iifo y KJIiTuHi.

Cepen CNGC pociuH ocobnuBuii inTepec BukankaoTs Ca’'-cie-
nudpivni xkamamu. Ili Kamamu O6epyTh yuacTh y IIePETBOPEHHi CUT-
Hany cAMP (KoHIIeHTPAI[iAHOT0) Ha KaJbIIi€BUI CUTHAJ Y BUTJIAML
OCIMIAIIN IUTOIJIasMaTUYHOI KoHIleHTpamil iomis Ca?', tomy
cAMP-zanexunii CUTHAJBHUIN MeXaHi3M POCJINH MOJKe IOBHOI[IHHO
npaioBatu 0e3 yuacti kKiHas. Moaynsamnia aktuBHOcTi K'-mIpoBia-
Hux CNGC mukJIiYHUMEN HYKJEOTHUAAMU € HaA3BUYANHO BaKJIU-
BOIO IJIS PeryadAlili oCMOTHYHMX MeXaHi3MiB, 30KpemMa IIPOgUXO-
Boi TpaHcmiparrii.

l'yaHinaTumknasn ta cGMP

Hukaiuauit ryanosuaMoHodochaT
N

(/ R (pI/IC: 43) — BTOpI/IHHI/II‘/’I.MeC.eH/I)Re‘p,

S _ AKUN PeryJiloe 3HAUHY KiJbKicTh pis-
O/\Q/ N \-H HoMaHiITHUX QYHKIiNl y KJIiTHHaAX pOC-
\ e Y JUHHOTO opraHismy. 3a yuactio cGMP

o= FI’\o OH

S 3MiMICHIOETHCA TPAHCAYKI[iA CUTHAJIB

ycepennHiI KJITUHU y BifmoBiAbL Ha
Puc. 43. Tlukmivaui BIJINB I'OPMOHIB i 30BHIINIHiIX cTUMY-
FyaH?;fdg,M:z&q;;Cq)aT JIiB, PO3BUBAIOTHCA CTPECOBi peakirii,
KOHTPOJIOETHCA aKTUBHICTh i0HHUX Ka-

HaJIiB, a TAKOK peryJioeThcsA piBeHb TpaHckpuimiii. ITokasasxo,
mo cGMP mae icToTHe 3HaueHHA B MeXaHisMax maToreHesy. Hampu-
KJIall, 3a YMOB BILJIMBY ITaTOTeHHUX MikpooprauismiB cGMP € xkpu-
TUYHO BaXKJIMBUM JJIA CTUMYJIAIIl eKcirpecii reHiB, 110 KOAYIOTH (e-
Hinanamig-amoHiit miasy i PR-6imku (pathogenesis-related proteins).
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Cunres cGMP iz GTP karanaisyerbcsa ryaHiJaTIIMKJIA3aMU.
Y TBapuH BimomMo ABa KJacu X (PepMeHTiB: MeMOpaHO3B’ sa3aHi
Ta posUMHHI (1uTonIasMaTuyuHi). MeMOpaHo3B’I3aHi ryaHiIaTIIMK-
Ja3u OAVH pPas3 MepeTWHATh MeMOpaHy Ta BKJIOYAIOTH OOUWH ITU-
KJIa3HUI JOMEH i3 IIUTOIIa3MaTUYHOro OOKY MoJieKyJi. MeMOpaHo-
3B’A3aHi (hopMU ryaHiJIaTIIMKJIA31 MAIOTh BJIACTUBOCTI PEIeNTOPiB,
TOOTO iX KaTaJiTHYHA AaKTUBHICTH MOIYJIOETHCA HPU 3B’ SA3yBaHHIi
Jirauay (eKCTPaKJITUMHHUNA JOMEH 3B’A3ye MEeNTUIHI PeryJasTopu).
Sk GinpHIicTh PEIenTOPHUX MOJIEKYJI, II0 MAIOTh OJHNH TPaHCMeMO-
paHHUII JoMeH, MeMOpaHO3B’sA3aHi ryaHiJaTHuKJIa3u HAOyBalOThb
(GYHKIIIOHAJIbHY aKTUBHICTh Yy IuMepHOMY cTaHi. [o cKiagy aumepy
BXOAATH ABi omHAKOBi cybonmuuIli. Po3uuHHI ryaHiJIaTHHKIA3H —
e reTepoguMepH, IO CKJIAJAalOThCA 3 OBOX PisHUX CYOONUHUIIH.
T'em-BMicHI peqoKcC-IIeHTPH PO3UMHHUX I'yaHIJIATIIMKJIA3 3B’ A3YIOTH
NO, akuii € cuenudivyEMM aKTHBATOPOM IHOTO (epmenTy. MoJie-
Kynapuumu Mmimesamu cGMP y tBapun € cGMP-3ane:xui nporein-
Kinasu (mporeinkimasu G) Ta HOHHI KaHAaNM, IO BiAKPUBAIOTHCA
nukgivaumMu HyKJgeotugzamu (CNGCs).

VYV BUIIIUX POCJNH €KCIEePUMEHTAJIbHO HOBEJEHO iCHYBAHHS JBOX
0iZKiB 3 ryaHiJIaTIIMKJIA3HOI aKTHUBHICTIO, IO HAJIEKATh J0 PisHUX
Kjaacie. O6ugea Oinka Oysau imemTudixosaui y Arabidopsis. Pos-
YMHHA TyaHIJATIUKIA3a POCIUH, HA BiAMiHY Big TBapuHHOTO (ep-
MeHTy, He € uyTiauBoioo no NO. B amimorepminanbHilt obsacti mo-
JIEKYJIM PO3TAIIOBAHUN KaTAJiITUUYHUNA T'yaHITIIMUKIA3HUN JOMEH,
a B KapOOKCHUTepMiHAaJbHINI — IHMCTEIH ImpoTeasa-mOLiOHUI TOMEH.
IToegHaHHA ITUX OBOX JOMEHIB € YHIKAJIbHUM IJIA POCIHUHHOI PO3-
YMHHOI I'yaHiJIaTHuKJIa3u i paHille He OyJ0 BUABJIEHO B KOJHOMY
3 igmux 6inkiB. MemOpaHo3B’13aHa ryaHimaruukaasza Arabidopsis
€ penentropoMm Opacuuoaiga AtBRI1 i mae B nmuTomiasMaTuuHiil 00-
JacTi MOJIeKyJau TyaHiJIaTIIUMKJAa3HUiI gomMeH. Pocamuui iomHi Ka-
HaJu, 10 BigKpumBawThca nukjJivaumm HyKJeotuzamu (CNGCs),
peryaoTbesa mukaivauM GMP. Iumri monekyasapHi mimeni cGMP
He imeHTHU(diIKOBAHO.
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3.3. I0HU KAJIbUIIO B CUCTEMI NEPEAQAYI CUTHANY

Ionu Ca?" BUKOHYIOTH HAMBAMKINUBIIIY PEryaIaATOPHY POJb Y KJIi-
THUHAaX: BOHU KOHTPOJIIOIOTH MOJYJIAIII0 aKTUBHOCTI (hpepmeHTiB, cTa-
61/i3yI0TH KJIITHUHHI CTPYKTYpPHU, aKTUBYIOTH 30ipKYy €JIEMEHTIiB ITu-
TOCKeseTa Towjo. Pazom 3 mum, ioru Ca?' € ofHMMEU 3 KIIOUOBUX
BHYTPIIIHBOKJIITUHHUX CUTHAJBHUX IMOCEPEIHUKIB, III0 BUKOHYIOTH
GYHKIII BTOPUHHUX MeCeHIKepiB.

Kaituam Bcix Bimomux opramisamiB 3maTHi migTpumyBaTu MeMO-
paHHUU rpamieHT KoHIeHTpalii iomie Ca?'. PiBeHb KOHIIeHTpAITil
BLJIBHOTO KaJIBI[il0 B IIMTOIJIA3Mi HECTUMYJIbOBAHUX KJIITUH 3a3BU-
yaii cramoBuTh 1077-107% M. ¥V nBomMeMOpaHHuMX opraHemax (Mi-
TOXOHAPIAX, MJIACTHUAAX) 1 JIOMEeHi eHIOIMJIa3MaTUUYHOTO PETUKY-
JyMa eyKapioTUYHUX KJITUH TiATPUMYETHCSA OiJIBIIT BHCOKa KOH-
IeHTpAaIlid MBOro ioHA. ¥ POCIMHHUX KJIITMHAX 3HAUHI HOT0 KiJb-
KOCTi HAKOMMMYYIOTHCA Y BAKyOJaAX. BMiCcT KaJsbI[it0 B MisKKJIiTHH-
HOMY IIPOCTOPi IIEPEBUIITY€E HOTO IMUTOILJIABMATUYHY KOHIEHTPAIIilo
Ha KigbKa mopAxkis i mosxe mocaratu 107° M, ak, Hampuiiaz,
B amoruracti pocamH. IlizTpmMKa rpamieHTa KOHIIEHTpAIlili ioHIB
Ca?" ¢ Ham3BUUAWHO BaKJIWBOIO NS (PYHKI[IOHYBaHHS KJITHHWH,
OCKiJIbKY MOBTOTPWBAJIE IiABUINEHHSA PiBHA KaJbI[iI0 B IIMTO30Ji
MPUBOAUTEL M0 ii 3armbeti.

EBoatoritinmit Bubip iOHiB KaJbIlifo A BUKOHAHHSA CUTHAJb-
HOI (PyHKIIII 1OB’A3YIOTH 3 TUM, IO CIIOYATKY JKUBi KJIITHHU Ha-
BUMJINCSA MMO30yBaTUCA 1X, OCKiIbKY KaJbI[ill AK JY:KHO3EeMeJIbHUH
MeTas 3MATHUU B3aeMoOIiATU i3 ochaTamMu 3 yTBOPEHHAM HEPO3-
ynHHUX cojeii. Pochary HeoOXimHi KIiTWHI IiIda cuHTE3y HYKJei-
HOBHUX KHUCJIOT, (pochoaimifiB, MaKpOEpPTiuHUX CIIOJYK TOIo. Bis-
MOBiHO, BUCOKI KoHmeHTpamii iomis Ca?" B muromnasMi MOXKYThb
OPUBECTU A0 3HAYHOTO 3HUKEHHA KOHIIEHTpAIlili po3dumHHUX (doc-
daris, 1110, B CBOIO Uepry, HPUBEJO O A0 MOPYIIEHHA AK eHepre-
TUYHOTO OOMiHYy KJIiTHMHU, Tak i il misabHOCTI B3aradi.

3a MeBHUX YMOB IIii BIIIMBOM 30BHIITHiX (haKTOPiB ITPOBOKY-
€ThCA JeroyApusalia MeMOpaHu, SKa CYNIPOBOMMKYETHCSI KOPOT-
KOUYacHUM IIiIBUINEHHAM KOHIIeHTpaIrii ioHiB Kasbifiro. Ila momia
€ CBOEPIAHUM cuUTHAJIOM HebGe3meKu A KJIITHHU, TOMY B Ipolieci
€BOJIIOIil BUHUKJIU PeryjaATOpHiI cucreMu, (PyHKIIOHYBaHHA AKUX
0e3mocepeHBO 3aJIEKUTH Bif (QuyKTyarii BHYTPINIHBOKJIiTUHHOL
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KoHIeHTparil ionis Ca%'. MakpoMoJIeKyIu, 110 34aTHI crenudiyao

3B’asysaru iomu Ca?', Oyju mpucTOCOBaHI JJiA BUKOHAHHA (PYHK-

Mifi BHYTPIIMHBOKJIITUHHNX KAaJbI[i€BUX pPelenTopiB. BiabmricTs

Ca?'-perynpoBaHUX IPOIECIB y KJIITMHAX BifOyBaeThCA 3a KOPOT-

KOYaCHMX 3MiH IIMTO30JbHOI KoHIleHTpalil iomis Ca’?" B miamasoxi

107"-10"° M.

TakuM YMHOM, €BOJIIOIINHO HEePHINMU BUHUKJIU CHUCTEMH, AKi
BUOAJNAIOThL i0HM KaJbIIil0 i3 IUTOIJIa3MM, a HACTYIIHUM eTaIoM
0yJI0 BUHUKHEHHSI CUTHAJIbHUX KJIITUHHUX CUCTEM, II[0 BUKOPUCTO-
ByI0TL ioHuU Ca?' ax BTOpUMHHI Meccemkzepu. Y mpoiieci Gopmy-
BaHHSA KaJbI[i€BOI CUTHAJNBHOI cHUCTEeMHU, YIOCKOHAJIIOBAJIUCS Ta-
KOJK CIIOCcO0OM iHAYKOBAHOTO HAAXOMKEHHS KaJIbI[il0 B IIUTOILIA3MY.

Edpexrusua pobora Ca’"-3ajesXHOro CUrHAJILHOIO MeXaHi3My
MOJKJINBA B TOMY BHUHNANKY, AKIIO B KJITHHI HPaIlOIOTh TPHU OC-
HOBHI (DYHKI[iOHAJIbHI MOIY.JIi.

1. Cucremu akTusHOro Tpamcmopry Ca?’, axuii cupAMOBaHUN
i3 muTomimasMu B eKcTpaKJiTuHHHUII npoctip, EIIP, miToxon-
apii Ta Bakyonb. EHeprosane:xui mepenocuuku Ca?" posramio-
BYIOThCS B MeMOpaHax, IO BiJOKPEeMJIIOIOTHL IIUTOIJIa3My Bif
IaHUX KOMIIAPTMEHTIB.

2. Cucremu iHZYKOBaHOIO HAAXOMKEHHS KaJIbI[il0 B IUTOILIA3MY:
KalbllieBl xaHanu, dyepes Axki iomm Ca?' 3a meBHUX yMOB IIPO-
HUKAIOTh y IIUTOILJIa3My 3a TPAfi€HTOM KOHIIEHTPAIiii.

3. IMurommasmMaTWyHi KOMIOHEHTH CUTHAJbHUX JIAHITIOTIB (dep-
MEHTHU, 10HHI KaHaJIM, KaTAJIiTUYHN HEeaKTHUBHI CUTHAJbLHI II0Ce-
PeIHVKHN, TPAHCKPUIIIAHI peryaaropu Ta iHmmi GyHKIioHaJIbHI
MOJIEKYJIN), aKTUBHICTh AKUX MOIYJIOETHCSA IPU 3MiHI KOHIIEH-
rpamii iouis Ca?" B muromnasmi.

Mopynamia akrtuszocti Ca?'-TpaHcmoprepis mijf BIJIMBOM KOH-
KPeTHUX CTUMYJIB IPUBOAUTDL N0 3MiH I[UTOILIA3MATUYHOI KOHIIEH-
rpamii iouis Ca?", aAKi ciig posriazaTu He SK OLZHOOIUHO CIPAMO-
BaHi 3MiHM KOHIIEHTpAIlil, a AK ocuuaanii — (QuyKryairii, 1o mos-
TOPIOIOTHCSI i MAIOTh MEBHY PeryJasApHIiCTh, AKA XapaKTepU3yETbCS
YacTOTOI0, aMimriTymooo Ta ¢opmoio. Popma ocHuUIANiHOI Kpu-
BOI 3aJIeKUTH BiJl IMBUAKOCTI 3MiH, AKi MOXKYTH OyTU HJIaBHUMU
Ta cTpubKomonioHumMu. KpuBa Morke HabyBaTu (opMy CHHYCOIgU
i3 mIaBHMMM UM 3aroCTPEHUMM eKcTpeMyMamMu abo KBaapaTHOI
xButi. Cruenugivanii BOJIUB IEBHOI CUJIN KOAYETHCA AK KaJbI[i€Bi
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OCIUJIAIIT, AKI IMOTIiM MeKOAYIOTHCA IIUTOILIA3MATUYHUMU CUTHAJb-
HUMU KOMIIOHEHTaMH, IO Hapasi BUpasKkaeThcAd y 3MiHI (pyHKIiO-
HaJbHOI aKTUBHOCTI KJyiTuHu (puc. 44).

ApbycKynapHa mikopu3sa

Nod-¢pakTop 5B

Puc. 44. KpuBi KaJbIlieBUX OCHUJIAII, II[0 cIocTepiramoThesa 3a il
apOyckyapuoi mikopusu Ta NOD-dakropa (3a Kosuta S. et al., 2008)

3.3.1. CrpykTtypa Ca?*-3B’a3ylounx 6inkis

s edpexTuBHOro 3B’A3yBaHHA U yrpuMmanHs iomiB Ca?' He-
00XiZHOIO € HaABHICTL y CTPYKTYpi Oinka cucremu, SAKa HTO3BO-
Jisie YyTBOPUTH 3 ioHoM Bim 6 g0 8 KoopauHaIiiiHMX 3B’A3KiB IIeB-
HOI moBKuHU. J[0 TOro K, IIA CTPYKTYpPa Mae OYTU JOCUTh PYXJIU-
BOIO, OO MAaTH CIPOMOKHIiCTH 3axormnoBatu ioH Ca?", orouyioum
oro 3 ycix GOKiB, IOBHiCTIO i3oJroroum Bim moiexkys Bogu. Tawry
CcTPYKTYpy MaioTh Ca’'-3B’sasyioui meHTpu OinKiB, AKI TaKoX Ha-
suBaioTh EF-pykamm.

EF-pyka € o0oB’saskoBuM moxayiaem Ca?'-3B’sasyroumx OinKis.
IIa ginaaka mae 6ymoBYy ciipayb-neTid-ciipans (puc. 45-A). IToui-
ONenTUAHUN JaHIoKOK mersi EF-pyku ckiaamaetbesa 3 12 amino-
KucaoTHuX 3aaumkis. Ilerna obepraeThbcsa HABKOJIO i0HA Kajb-
Iif0, YTBOPIOIOUM NPAaKTUYHO ITPABUJbHUUA OKTaeJp, Ha IIIEeCTU Bep-
IIMHAX AKOr0 3HAXOAATHLCI aMiHOKHCJIOTHI 3aJIHUINKN, SIKi 6epyThb
y4acTs y 3B’sI3yBaHHI i0HIB KaJbIlil0 yuepe3 OKCUIeH-BMiCHI rpymu
(puc. 45-B). TakumM umHOM, BCTAHOBJIOIOTHCA 6 KOOpAMHAIINHUX
3B’askiB. CrnopigHeHicTh KoskHOro iHpusimyanabuHoro Ca?'-3B’sa3yio-
yoro caiiry cramosuTh 1076-10"° M.
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Bucoka pyxiausicte EF-pyKu m0o3BoJs€ He TiIbKU e(EKTUBHO
3B’asyBaru iomm Ca?', ase I mosOyBaTucA BiJ HUX NPU 3HUMKEHHI
[UTOILJIa3MATUYHOTO PiBHSA KaJbIlilo. JIabiJbHICTE CTPYKTYpPU —
Ile BasKJIMBa BJIACTUBICTH, HeOOXimHe IJid BUKOHAHHS OiJIKOM pery-
JAATOPHUX (PYHKIIil, ajge 3 iHITOro GOKYy, € (haKTOpPOM HOro HecTa-
6inpHOCTi. 1A mpoOseMa YACTKOBO BUPIIIYETHCA 34 PAXyYHOK OCO-
6auBocTi crpykTypu Ca?t-3B’asyrounx AiIgHOK MoJexkyau: EF-pyku
(GopMYIOThCSA MHOIIAPHO HA ONHIiI MiJSHII MOJimenTHIHOTO JAaHIIoTra
(puc. 46). ITapui Ca?'-3B’a3ym0ui IMEeHTPHU B3a€EMOAiIOTH OGUH 3 O-
HUM i, He BTpauvaluy PYXJMUBOCTi, CIPUAIOTL B3a€MHill crabimisa-
mii. 3 miel mpuumuu Ginepmicts Ca?'-3B’A3yioumx OiIKiB MicTATh
napuy KinbkicTs EF-pyk (Bim 2 mo 6). IIpu mnpomy iCHYIOTH TaKkoXK
Ca?'-3B’asyroui Oinku 3 HemapHOIO KinbkicTio EF-pyx. OmHax ciifg
YTOUHUTU, 1[0 YV TAaKKUX OiJKiB HemapHa KiJbKicTh (PYHKIIIOHAIBHO
axktuBHuX Ca’’-3B’A3yI0UmnX IIEHTPIB, OAHAK (DI3MUYHO IPUCYTHA IIapHA
KinbkicTs EF-pyk. Ogua 3 EF-pyk Mo:Ke HeCTH MyTallifo, siKka He I03-
BoJige i1 Bukonysatu Ca’"-3B’aA3yroui (PyHKIIiI, ajie IpH ILOMY BOHA
cTabinmizye cTpyKTypy mapHoi (yHKIioHaJAbHO akTuBHOI EF-pyku.

N C

Puc. 45. Cxema 6ynosu EF-pyku (3a I'yces H. B., 1998 3i aminamun).

A — gnBomipHa cxema. Homepamu (1-12) mosHaueHni amMiHOKHCJIOTH,
o dopmyioTh metTyio. CTpiJiKM BKasaHi B aMiHOKHCJIOTHUX 3aJIAIIKAaX,
110 6epyTh YYaCTh B YTBOPEHHI KOOpAMHAIIHUX 3B sA3KiB 3 ionom Ca’';

B — mnpocTopoBe poaramryBaHHA aMiHOKHCJIOT, IO B3aEMOMIIOTH 3 io-
oM Ca?'. CymisbHOIO JiHi€I0 IOKA3aHO XiJ HOJINEeNTHIHOrO JAHIIOra,
epepuBYACTUMHU JIiHIAMU AOMAaJbOBAHO TeTpaeap, GopMy SAKoro HabyBae
Ca?"-3B’sa3youa meTJia
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Haii6inem npoctum Ca?t-38’a3youum 0iJIKOM € HU3bKOMOJEKY-
JAPHUHN 010K KUIITeUHUKA CCaBI[iB — KaabbOiHmiH (puc. 47-A). Ilo-
JiNenTUAHUI JAHIIOT MOJEKYJIN KaJbOiHAiHy (opMye Juiie ABi
EF-pyku, to6TO €, BiacHe, MimimanpauMm Ca?'-3B’A3yrounmmMm MoO-
nynem. KanbOiHAiH Mae 3HaueHHA y 3B’ A3yBaHHI 1 yTPUMAHHI KaJb-
miro. Perynsropuy (yHKIif0o BiH He BuKoHye. IIpu 3B’asyBamHi
KaJIbI[il0 iCTOTHUX 3MiH y IIPOCTOPOBIiHl CTPYKTYPi MOJEKYJIU KaJb-
OiHIiHYy He cIocTepiraerbcs.

Hatimomupenimmuit y npupozni Ca’"-3B’a3y0unii peryiaTopHUNi
6imoxk — 1e rambmonysiH (CAM) — HUBBKOMOJEKYJIAPHUU OiOK
3 MoJIeKyJiApHOo0 Macoo 18 k][. Bmict 6inka KamrbMOAyIiHy B KJIi-
TUHiI HOCUTH BHCOKe. Y TUMIOBifl TBAapWMHHIN KJIiTHHI BOHO cTaHO-
BUTh 0/m3bKO 1% Bin saranbHOI Macu KJaiTuHHOrO Oijka (Oinbime
107 monexryn). KanpMonyaiH ABisge co600 KOHCEPBATUBHUN OLM-
HOUHUI IOJIMIEeNTU I, 0 CKJIagaeTbca mpubausao 3 150 aminokuc-
JoTHUX 3anauInKiB. Moro cTpykTypa chopMoBaHA IEPEBAIKHO OL-CIIi-
pansEuUMU gindHKamMu. IIpocTopoBa cTpyKTypa Oinka 3a (popmMoio
Haragye rautenb (puc. 47-B). Ha N- i C-kinmeBux minsgHKax Mo-

A
b
()
Q
‘c
ey
Puc. 46. BsaemHe posTairyBaHHA Puc. 47. Crpykrypa Ca’"-38’a-
mapanx Ca?'-3B’aAsyroumx IeHT- sylounx 0inkiB (3a Kawasaki H.,
piB y momeryai Ca?'-3B’sasyrouoro Kretsinger R., 1994).
6inka (3a Ilepmaxkos E. A., 1993 A — KaupbiHgiH;

3i 3aminamn) B — kampmonysin
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JIeKYJIM 3HAaXoAATheA mo aBa Ca?'-3B’A3yloumx IEeHTPHU, IpPenCcTaB-
aeui EF-pykamu. CpeguHHA yacTHHA MOJIEKYJIH cpopMoBaHa IeH-
TPAJbHOIO O-CIIipaJlIio, II[0 MAa€ HEeraTHUBHO 3apAIKeHi aMiHOKMC-
JoTHI 3anuinku. KaabMomyJ/iH IPUCYTHiN MPaKTUYHO B yCiX KJIi-
TUHAX TBAPWH, POCJIUH i rpmbiB, GYHKI[IOHyIOUM B HUX K Oara-
TOILILOBUHM BHYTPIIIHLOKJIITUHHUI perenTop ioHis Ca’". Komm-
nexc Ca?"-gampmonymin (Ca?t/CAM) He mMae (pepMEHTATHBHOI aK-
TUBHOCTi, BiH BUKOHYE€ POJIb AJOCTEPUUYHOTO PEryJjaTopa, SKHii
Oepe ydacThb y OlIBIIIOCTI IpoIleciB, 1o peryiioThesa iomamu Ca?'.
ITeir 6ilok MOAYJIIOE aKTUBHICTH OaraTbox pisHUX (hepMeHTiB, Ha-
OpUKJIaL IIpoTeiHKiHas, ¢epMeHTiB, 1110 0epyTh y4acTb B YTBO-
PeHHi Ta pyHHYBaHHI MUKJIIYHUX HYKJEOTHUIiB (HYKJIEOTUAIINKIAS,
dochomiecTepasd) Ta iHIIUX E€H3WMIiB, a TAKOXK TPAHCKPUIIINHUX
daxTopiB. ¥ meAKUX BUOAIKaX KaJbMOIYJIH 3aBKAU 3B’ sA3aHUN
3i cBO€IO MiIlleHHIO, OYAyYM IIOCTIAHOIO PEeryasaTOPHOI0 CYOOAMHIN-
e JesdKUX (pepMeHTHUX KOMILJIEKCiB, HampuUKJIag KiHasu docdo-
puiasu ccaBIliB. I3 KaJabMOAYJIiHOM IIOB’si3aHA PeryJdilisd aKTHB-
HOCTi OiJIKiB IIMTOCKEJIeTy, a OTKe, IPOIleCd eK30- N eHIOI[UTO3Y.
BHYTPIIIHBOKJIITUHHUT PYyX TaKOMK 3aJI€KUTh Bil piBHA KaJabIu-
HYBAaHHSA KaJbMOLYJIiHY.

3.3.2. TpaHCNOPTHI cncTemMu, WO KOAQYIOTb KanbLi€BUN
curHan

EKCTpakniTUHHUI TPAHCNOPT KablLilo

IoHu KasbI[il0 BUBOAATHCS i3 IIMTO30JII0 IIPOTU I'PalliEHTa KOH-
IeHTpAalliii, ToOMYy Ieli mpollec BUMarae BuTpatu eHeprii. IcHyoTs
TPAaHCIOPTEPU KaJbIlil0, aKTUBHICTh AKMX 3aJIE’KUTHh BiJ eHeprii
rigposizy ATP, — Ca?"-ATPasu. Iumi Tpancmoprepu BHKOPHUCTO-
BYIOTH IIPOTOH-PYIIINHY CHJIy — €Hepriio eJeKTpoxXiMiyHOTo rpa-
mieHTa KOHIleHTpaIllii ionis H'.

Ca*"-ATPa3u

AT®-zanexunit Tpancmopt Ca?" Kpish MeMOpaHU 3AiMCHIOETHCS
AT®azamu P-tuny kaacy P2. Ca?'-ATPasu Ha3UBAaIOTh TAKOM KaJlb-
IieBUMM mmoMmaMu abo HacocaMu. 3a CTPYKTYPOIO Ta MexaHizMoM
aKTUBAIlil iX MOAiNAOTL Ha 2 Tpymnu:
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1) rpyma P2A — Ca?'-ATPasu ER-tuny (endoplasmic reticu-

lum-type Ca%?-ATPases — ECA);

2) rpyma P2B — Ca?"-ATPasu, 1o aBroinriéyrorsca (autoin-

hibited Ca%*-ATPases — ACA).

Mix gsoma rpymamu Ca’"-ATPa3 BUABIAIOTHCA IBI OCHOBHI
BimMinHOCTI.

Ilepmia BigMiHHICTE ITOB’sI3aHA 3 OCOOJMBOCTAMU PETYJIAIll IIe-
penocHuKiB. AkTuBHicTs Ca?'-ATPas ECA-Tumy He 3aJeXUTh Bif
Kaabpmonyiny, npore ATPasu ACA-tumy € KaJabMOAYJIiH-3aJI€MK-
HUMH. B amiHoTepMiHaJIbHOMY IIMTOILIA3MATUUYHOMY PaioOHI MoJie-
Kyau ACA TpaHcmopTepa 3HAXOAUTHLCSA MiJISTHKA 3B A3yBaHHS KaJlb-
nuHOBaHOrO KaabMmoxmyaimy (Ca%t/CAM).

Hpyra BigminHicTh — (yuKmionamrbua. ER-ATPasu 3abesme-
YyIOTh JOCTaBKYy ioHiB Ca’?" y BHYTPIIIHBOKJIITUHHI KOMIIADMEHTH,
FOJIOBHMM YWHOM B €HIOMJIA3MATHUUYHUN peTUKyJayMm. IloTpamis-
1041 B eHzoMeMOpanHy cucremy, ionm Ca?' Hajgami BKIIOYAIOTHLCA
IO CKJIAZy CEeKPeTy Ta BUBOAATHCA Y MiKKJIITUHHUHA IIPOCTip, Ha-
OPUKJIAL, V BUTJIALI HeKTUHATIB KaJbIlil0 — KOMIIOHEHTIiB MaTPUKCY
KJaituuHOol cTiHKu. Kpim Toro, B JIlOMeH pPisHHX eHIOMEeMOpaHHUX
YTBOPEHb 10HM KaJbI[il0 BUKOPHUCTOBYIOTLCSI TAKOMK K KO(PaKTOpH,
HeoOXimHi maa peryiaanii aktusHocTi pepmentis. Ca’'-ATPasu,
110 aBTOIHTiOYIOThCSA, BUKOHYIOTh Y KJIITHHAX KJIIOUYOBY CUTHAJIBHY
poab. Ile moB’a3aH0 3 TUM, 110 IXHA AKTUBHICTH 3HAYHO OiJBIITOIO
Mipoi0o 3MiHIOETHCS IIifi BILIMBOM 30BHIIIMHIX (paKTOPiB, IMOPiIBHSIHO
3 mepenocHukamu ER-tuny. Bigmosigmo, Ca?"-ATPasu, mo asTo-
iHribyroThcs, BHOCATH OLJIBIN iCTOTHHUII BHECOK Y (pOpPMyBaHHS BHY-
TPiMTHBOIIMTOIIA3MATUYHNX KAaJbI[I€BUX OCIIMJIAIIIM.

V¥ renomi Arabidopsis Koxyerses 10 Ca?™-ATPa3s, 1m0 aBTOiHTiOY-
orbeda. Oxpemi izopopmu ACA cesIeKTUBHO eKCIIPecyioThCA B Pis-
Hux ymoBax. Hampuxiaan, cuates ACA12 i ACA13 crumyamoeTbes
naroremamu, ACA8 i ACA10 — xomomoBum Biausom, a ACAS8
i ACA9 3’aBnsaioTbea y BigmoBigsr Ha 00poOKy ABK.

Ca?"-ATPasu, 1110 aBTOIHIIOYIOTECA, BUABIAIOTECA B PIZHUX KJIi-
TUHHUX MeMOpaHaxX, aje KOXKHa izopopMma, 3a3BUUAl, TAMKiEe MO meB-
"Horo tTuny memoOpanu. Taxk, ACA8, ACA9 i ACA10 sokamnisyoTscs
y miasmangemi, ACA2 — B EITP, a ACA4 i ACA11 — y ToHoILIaCTi.

Axrusricts Ca?'-ATPa3s rpynu P2B Moy/I10€ThHCA Pi3HUMH CIIO-
cobamu. Kpim ranpmonyiminy, 6aratro ACA peryIolTbCS KUCJIUMUI
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dochomimigamu, HaTpukKIamg, GocaTUIHOI KHCIOTOI, SIKa YTBO-
PIOETBHCS BHACJIIZOK Tigposizy membpanHux (ocdorinigis gocdo-
ainazoo D, a jmoxkanizoBama B EIIP ACAZ2 peryiamoerTbCcs HIIAXOM
(pochopuroBaHHA.

Mexanism mepenocy. ¥ mporeci mepenocy ionis Ca?*-ATPasu
3a3HAIOTH PSJ CTPYKTYPHUX 3MiH, 1[0 BIJIMBAIOTh Ha CIIOPiAHEHIiCTHb
3 iomamu Ca?' i ATP. 3miHu BifOyBarOThLCA IIOCIIZOBHO Ta IIOBTO-
POIOTLCA ITUKJIIYHO.

1. Ca?"-ATPasa 3B’asye nBa ioma Kaubiito (Bci Ca?"-ATPasu
MaioTh, oguH TunoBuil Ca’’-3B’a3yroumii JOMeH, IO BKJIIO-
vyae nBi EF-pykmn).

2. 3B’s3yBaHHS iOHIB KaJbI[il0 COPHUsE IIiABUINEHHIO CIOPigHe-
HocTi ATPasu mo ATP. Moaexkyau ATP 3B’A3yroThCs y BU-
ALl KOMILIEKcy 3 iomamu Mg?'.

3. 3gificHOETHCA aBTOMOCHOPUTIOBAHHA IEPEHOCHNKA — Y-(oc-
darHa rpyna ATP mepeHocuTbcA Ha 3aJUIIOK acIlapariHo-
BOI KHUCJIOTH.

4. PochopunaioBaHHA CTUMYJIIOE€ KOH(MOPMAIifiHI 3MiHM MoJIe-
kyau ATPasu, BHacuaizok skux iomm Ca?", mo 3B’A3aHi, me-
PeHoCAThCA 3 IIUTOIJIAa3MATHYHOrO OOKY Ha eKCTPaKJIiTHH-
HUM OiK MeMOpaHu.

5. VY pesyabrari 3mMinum KoH(opMaIii MOJEKYIN 3HUKYETHCS
cunopiguericts ATPasu no iomis Ca?', axi BuBiIbHAIOTHCA
B IOB3aKJITHHHUI IPOCTIp.

6. docdarHa rpyma BiAIIeIIIOETHCA Bij 3aJUIIKY aclaparifo-
BOI KHUCJIOTH.

7. IHedochopunboBana i qexanbiuHoBana moaexyiaa Ca?'-ATPasu
npuiiMae BUXiITHY KoH(GOpPMAILiio.

Ca?*/H*-aHTnoptepn

Ha Bcix memOpaHax POCIMHHUX KJIiTHH, AK 30BHIIIHIX, Tak
i BHYTpIMIHIX, ODiATPUMY€EThHCA eJIeKTPOXiMiuHUI IpalieHT IMTPOTOHIB.
ITeit rpagienT crBopwoeThea HP'-ATPazamu P-tunmy Ta MoKe BUKO-
PUCTOBYBATUCSA JJIsI €EHEPTEeTUUYHOTO 3a0e3IeUeHH TPAaHCMEMOPaHHUX
nporeciB. Tpaucmopr iouie Ca?" sgificuioerscsa Ca?'/H'-antu-
moprepaMu, AKi HasMBaIOTh KaTioHHUMHU oOMimHuMKamu (cation
exchanger — CAX). ¥ Arabidopsis BusBieHO 6 TaK1X TpaHCIOPTEPiB.



146 MEPEJAYA CUTHANY BCEPEAUHI KITUHN

Moneryniu CAX mawoTbh, iMoBipHO, 11 TpamcMeMOpaHHUX IO-
meniB. I3 mecru CAX, mo BusBieHi B Arabidopsis, maiibiabin
3HAUYIIY POJIb y IIATPUMIII KaJbI[i€EBOTO I'OMEOCTa3y BHUKOHYIOTH
CAX1 i CAXS.

Axnrinoprepu CAX peryamooTLCSI IOAIOHO 0 KaJbI[i€BUX HAaCO-
ciB uepe3 aBTOIHTIOITOPHUI aMiHOTePMiHAJbHUNA TOMEH.

IHaYKOBaHe HaAXO[KeHHA KanbLilo B LUToniasmy

Touu Ca?" mpOHWKAIOTH Y [UTOILIA3MY 3a I'DAJi€HTOM KOHIeH-
Tpariiit uepes cesmexktuBHi Ca’'-kanaau. ¥ BifcyTHOCTI cTUMYyJIa Ka-
HaJIu mepe0yBalOTh Yy HEAKTUBHOMY CTaHi Ta He IPONYCKAIOTh i0HU
Ca?'. ¥V cTpyKTypi iOHHMX KaHaJiB BUAIJISIOTH aBTOIHriOiTOPHY mi-
JSHKY, AKa 3aMuKae KaHaj. [Ipy oTpuMaHHI BiATOBiZHOTO cCUTHAY
KoH(oOpMAIliad MOJEKYJN NePeHOCHUKA 3MiHIOETHCA, B PE3yJabTarTi
4yoro opMyIOThCA MUTTEBL iOHOCETEKTUBHI mopu, uepeld fAKi i0HU
Ca®" mpoHUKAaIOTh KPish MeMOpaHy 3a rpafieHTOM KOHI[EHTPAIiil.

Icuye smauma KinbkicTs Ca?'-xaHajiB, 10 PO3pPisHAIOTHCA 3a
CTPYKTYpPOIO, criocoboM axKTuBaIllii Ta Jiokasiisarii. Barato 3 Hux
€ (DYHKI[IOHAJbHO HEOMHO3BHAYHUMU W aKTUBYIOTHCA PiBHUMU CTU-
myJsamu. HanpukJiaz, 3a X0JIOLOBOI OOPOOKM aKTUBYIOTHCS TOHO-
niactui Ca’'-kananm, akTuBHI GOPMHU KHCHIO 3aLil0I0OThH IJIasMma-
JIeMHi KaHaJii, a B KOPEHeBUX BOJOCKax 0000Bux pocauH Nod-dhak-
TOPU TPOBOKYIOTH MOOijisalfito KanabIlilo 3 MepUHYKJIEapHOTo pa-
iony EIIP.

MoTeHuian-KepoBaHi KaHanu

Ilorennian-xeposani Ca?*-gramanu (VGCC — Voltage-Gated
Ca?"-Channel) akTuBy0OTbCS IMPU 3MiHI MeMOPAHHOT'O MMOTEHITiATY.
Y CcTPYKTYpy KaHAJiB IIbOTO TUNY BKJIIOUEHi OAMWH abo KiJTbKa CeH-
COPHUX JIOMEHiB, AKi HeCyTbhb 3apAMKeHiI aMiHOKMCJIOTHI 3aJIUIIKY,
3aBIAKU UOMY 3JaTHi pearyBaTy Ha 3MiHY MeMOpPaHHOTO IOTEHIIi-
any. KinbkicTh i poararryBanusA 3apsaniB Ha CEHCOPHUX TOMEHax
BU3HAYAIOTh «HACTPOUKY» KaHATy, TOOTO HOT0 UyTJIUBiCTH HA IEBHI
3MiHM TpaHCMeMODPaHHOTO IOTEHIiaTy. SMiHU IOTEHIiaay BUKJIN-
KaloTh 3PYIIEHHSA CEHCOPHUX AOMEHiB, IO IIPUBOIUTH IO MOMIU-
dikarii TpocTOPOBOi CTPYKTYpPH MOJIEKYyJu Ta Biakputts (abo 3a-
KpuTTsa) KaHaay. [loTeHIiam-KepoBaHi KaHaJau OiJiaTh Ha IBi oc-
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HOBHI I'pynu: KaHaJu ONHiel rpylu aKTUBYIOTHCA IIPU AEIOJISIPU-
sarii MmeMOpaHu, a APYTUH — IIPU TimepHoJispusarlrii.

JliraHa-KepoBaHi KaHanu

Jliraag-keposani Ca?'-gamanu (Ligand-Gated Ca?'-Channel —
LGCC) maroTh BJIACTHBOCTi pelenTopiB-kKaHajdodopmepiB. Boun
OB’ SI3YIOTH JIiraH[ IIeBHOr0 TUIY Ta ()OPMYIOTH IIPU IbOMY KaJlb-
IieBuii KaHaj, SKUM i0HM KaJbIil0 NPAMYIOTH IO IIMTOIJa3MH.
Y pocaMHHUX KJIITHHAX IIependavacThbcs HAABHICTH Y TOHOILIACTI
Ta eHJoIIasMaTuUYHuX MeMmOpaHax Ca?'-kKamaiiB, peryibOBaHUX
imosuroxa-1,4,5-rpudocharom (IP;) i murigiunoo ameHosmHAMDOC-
dar-pubosoio (CADPR). Oxgunax ¢isuumo i Kamaau He BUIiJIEHi.
Haui cTrpyxkTypu imentudikoBani Ta BuBUeHi y TBapuH. SIK IOKa-
3aB I'eHOMHUII aHAJi3, ¥ POCJAUH HeMae IoMoJOTiB perenTopiB IP,
i cADPR tBapuu. Pasom 3 TuM, iCHyBaHHS IIPUHIIUIIOBO Pi3HUX
CTPYKTYP, II[0 BUKOHYIOTH IMOAiOHI (pyHKIiI y pisHHMX rpym opra-
Hi8MiB, 3amepeuyBaTu He MOKHA.

Peuenrtop IP; TBapun. ¥V TBapuu IP;-pemenTop JiokamiszyeTbcsa
Ha memOpanax EIIP y Burasai romorerpamepa. BropuHHMUI II0-
cepenHuk iHoaurToarpudochar (IP;) yrBoproeTscss B pe3yJbTarTi
posieryieHHsa GochaTuauriHosuToa-4,5-gudocdary docdoaina-
oo C. 3B’asywuucsk 3 IP;-pementopom, IP; ctumynaioe Bigkpu-
BanHa Ca?'-mposigHoro Kamajy Ta cupusie mooimisamii Ca®t 3 EIIP.
C-KiHIleBa uyacTHHA MOJIEKYJM YTBOPIOE IIIiCThL TPaHCMEMOPaHHUX
JIOMEHiB, AKi 0epyTh y4yacTb B yTBOpPeHHI Kamaay. N-KiHieBa o00-
JIACTh MOJIEKYJIM 3BepHEHa B OiK IuTomaasMu. Y HUX PO3TAIIIO-
BaHi caiitu 3B sasyBauua IP,, Ca?" i ATP, a Tako IBa CepUHOBUX
3aJUIIKU, AKi (pochopumaiororbesa nporeinkinasamu PKA i PKG.
Kap6okcu-TepmiHasibHA AiJISHKA MOJIEKYJIN Opi€eHTOBaHAa y OiK Iu-
TO30JISI Ta 3aJIy4a€EThCA Y KOHTPOJb BifKpuBaHHA KaHainy. IligBu-
meHHsA KoHieHTpalii IP; B nuromiasmMi OpuBOAUTh A0 HOTO 3B s-
3yBaHHA 3 perentTopoM. ¥ OisbIiocti KiiTuH ccaBiiB IP;-pemenTop
aKTuByeTbcsa npu KoHIeHTparii IP; mopagka 0,1-2 mxM. Buxin
Ca?" uepes 10HHI KaHaJU CYNPOBOIKYETHLCA IPOTHBOTOKOM i1OHIB
K* 3 muronnasmu. 3aBAAKU IIbOMY KOMIIEHCYETHCSA BUHOC 3apsaAny
B IIMTOILIA3MYy, TOOTO 3HiMAa€eThbCA €JIeKTPOTeHHUI e(eKT.

Tounuii mexaHism moOinisarii KaabIlifo 3a yJacTio iHO3UTOJI-
docdarie y pocaun Hed’sicoBaHuii. Bigomo, 1o B pocaun, Kpim IP;,
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Yy BHYTPIiIIHBOKJITHUHHIN Iepemaui cUrHAIy BUKOPUCTOBYIOTHCS
¥ immri popmMu pochopuILOBAHOTO iHOBUTOJNY — iHOBUTOJI-IIEHTA-
kicdocdhar (IP;) Ta imosuron-rekcarichocehar (IPy) (nuB. BuIie pos-
min «PI-PLC-omocepenkoBanuii curaaiinrs). IP, crumyiioe mo6ii-
3allil0 BHYTPiIHBOKJITUHHUX 3aIlaciB KaJbI[il0, K i YV POCINH, Of-
Hak [P, Hamae Ginmpmuii eperT. TakoK HEBiIOMO, Y BUKOPUCTOBY-
€ThCcs AKa-HeOynb (hopMa imosurToadochary Ak OesmocepenHiii pe-
TyJIATOP AKTHUBHOCTI KaJNbIiEeBUX KaHAJIB a00 peryJsdiis 3gificHio-
€ThCs OIOCEPEIKOBAHO Uepe3 iHIIMi peryasaTopHu.

IonHi kKaHa M, MO0 BiZKPHBAIOTHCA MUKIIYHUIMH HYKJIEOTUIAMU
(Cyclic Nucleotide-Gated Channels — CNGC), cTaHoBIsATH I'PyITy
KaHaJI0(popMepoB, IO IIOB’SA3YIOTHh IIUKJIIUHI HYKJIEOTHIMOHODOC-
daru (cAMP i cGMP). ¥V remomi Arabidopsis kogyerbcsa 20 momi6-
HUX KaHaJaiB. BoHM MaloTh IIicTh TpaHCMeMOpPaHHUX JOMEHIB i 1I0-
poBuii JomMeH. ¥ MeMOpaHaX BOHM YTBOPIOIOTHL TeTpPaMepPHi CTPYK-
TypHu, HeoOXimHi naa dopmyBaHHA KaHany. Pan pocauaaux CNGC
ABIAI0TEL co6or Ca’'-Kamanu, ajie JeAKi 3 HUX IPOHUKJIL TaKOMX
IJIsT MOHOBAJIEHTHUX 10HiB.

Kpim nukaiuanx myrjaeoruazMmoHodocdaris, pocauuai CNGC
OB’ A3YIOTh TaK0oK Kambmonyain. Ycei Bimomi CNGC mokasisyooTbses
B ILIa3dMaTHUYHiIN mMeMOpaHi.

T'ayramar-penentop-noxioni Ca%*-kaHaam pOCINH € TOMOJIOTaMU
iomoTpomHux perentopis ruayramary (Glutamate Receptor — GLR).
VY Arabidopsis poauna reunis GLR Braiouae 20 unenis. IlpogyxTu
reHiB, iMOBipHO, MalOTh TPU TpPaHCMeMOpaHHI JoMeHU W 06’ egHY-
I0TbCA B MeMOpaHax y TeTpa- i MeHTaMepHi CTPYKTYpPH.

IOeomopori Ca%*-kanammu. ¥ Arabidopsis susiBnenuii ren TPC1,
110 KOAY€E €AUHUN IIPeJCTaBHUK POANHU ABOIIOPOBUX KaHaiB (Two-
Pore Channel — TPC). Imosipuo, monerysa TPC1l mae 12 Tpanc-
memOparHUX nomeHiB (TMD) i Britouae aBa mopoBux gomenu. TPC1
JIOKAaJIidyeThbCsI B TOHOILIACTi, B IKOMY, MaOyThb, IIPUCYTHill y BU-
raani romoxgumepy. IlurosonbrHa mersasa misk TMD6 i TMDT7 dop-
Mye Kaibiliii-3B’asyounii meHTp (EF-pyka) i momen 3B’s3yBaHHS
peryaaropuoro 6inmka 14-3-3. TMD4 i TMD10, 1o MawoTh MO3U-
TUBHO 3apSAMKeHi aMiHOKMCIOTHI 3a/IUIIIKK, (DYHKIIIOHYIOTH AK CEH-
COPHi JOMeHM, AKi pearyioTh Ha 3MiHM MeMOpPaHHOTO IOTEHIiaJy.
Taxum unnom, TPC1 e me Tinpxu Ca?'-imgykoBanum, aje i IOTEH-
IiaJI-KepoBaHUM KAaHAJIOM.
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3.3.3. JekogyBaHHA Ca**-curHany

3MiHa KOHIeHTpAaIlil i0HIB KaJbIlil0 B KJIiTHHI BigcTeKyeTbCs
Ca?"-cencopHuMu OinkaMu. ¥ KJIITHHAX IPUCYTHA 3HAUHA KiJIb-
kicte Ca?'-3B’sasyrounx OinKiB, sgaTHux 3B’asysartu ionu Ca?' 3 pis-
HOIO CHJIOI0, SKi MaloTh Pi3HY KJITMHHY JIOKaJisallilo, Ta B3aEMO-
IifOTh 3 MEBHUMHU JayHCTPUM CUTHAJIBHUMU NapTHepamu. lle mos-
BOJISIE KJITMHI nudepeHIilioBaHO pearyBaTh Ha cienu@iuxi 30B-
HIITHI BILJIMBU Pi3HOI iHTEHCHBHOCTI.

AKTMBaLifA KanbmoayniH-3anexxHux 6inkis

IIpu HUBBLKi#N KoHieHTparnii ionie Ca?" y nuromnasmi B moJe-
KyJIi KaJIbMOAYJIiIHY o-cIipasi, 1mo GaankyoTs netii EF-pyku, pos-
TAIIOBYIOTHCA MPAKTUYHO IMapaJjesibHO IeHTPaJNbHIN o-cIripaJi.
Y rakomy craHi rizpodobHi AiIAHKK TepMiHAILHUX JOMEHIB MO-
JIEKYJIN KaJbMOIYJIiHY BUSABIAITHCA 3aKPUTUMU, OCKiJIbKU BOHU
IPUTUCHYTI A0 IeHTpaJbHOI a-cmipayi (puc. 48-A). Ile yHEMOXK-
JINBJIIOE B3a€EMOJII0 I[LOT'0O OLJIKA 3 HOro MiIlIeHSMU.

Kosu KJiTUHA OTPUMY€E CUTHAJ, IO CTUMYJIIOE MiJBUIIEHHS
KOHIIeHTpAaIlil KaJabIlilo B IIUTOMJIa3Mi, KaJbMOIYJiH MOB’ a3ye€
4 ioma Ca?'. Ile cympoBOMKYETHCA KOHMOPMAIiMHUMU 3MiHAMM:
o-cuipani EF-pyk BigmandiooThca Bif meHTpalbHOIL o-cmipasi, nmpuii-
Malouu ION0 Hel MEePUeHIUKYJIAPHE IMOJIOKeHHA. TaKuM YUHOM,
MOJIEKYJIa KaJIbMOAYJIiHY po3ropTraeThes (puc. 48-B). ¥ pesyabrarTi
IIOTO BUBIJIBbHAETHCA IEHTPAJbHA O-CIIipaJb i TigzpodobHi paiioHu

A

b B r
Ppoic
_—

Puc. 48. Mexanism peryndamnii akTuBHOCTI 0iJIKiB KaJIbMOZYIiHOM.
A — meakTuBHA (hopMa KaJIbMOIYJIIHY;

B — axTuBHa (hopMa KaIbMOAYJIiHY;

B — BBaemozia KaabMOAyJdiHYy 3 GiJIKOM-MiIlIeHHIO;

I' — Ginok-minieHs 3 KaJIbMOAYJIiH-3B’ A3YIOUNM JOMEHOM
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TepMiHaJIBHUX JOMEHiB, HeoOXimHi aa B3aeMomili KaJabMOIYJIiHY
3 OiTKaMU-MimIeHAMUA.

Binku-mimieni KaapMoAyIiHy MaoTh OCOOJUBY IiIAHKY, IO
npeacrasiaeHa amMmdidiabHOIO O-CIIipaJio, 30araueHo HO3UTHUBHO
3apAIKeHIMU Ta TigpopoOHUMHN aMiHOKHCJIOTHUMMN 3aJUIITKAMMU.
IIpuuomy 3apsmxeni Ta rigpogo0Hi rpyIn po3TAIIOBYIOTHCS HA IIPO-
TUJIEKHUX TMOBEPXHAX o-crmipasi (puc. 48-T'). Poskpura moJieKyJia
KaJIbMOAYJIiHYy B3a€MOJMi€ HEraTHBHO 3apPAAKEHOI0 TiJISHKO IIeH-
TPaJbHOI O-CIIipasii 3 MO3UTHUBHO 3apAMKEHOI0 IIoBepxHe amdi-
¢inbHOI a-coipasi 6inka-minrewi, a rigpodo0Hi AiISHKY TepMiHaIb-
HUX OOMEHiB — 3 rigpodob6HOIO HOBEpXHEIO o-CIlipaji Oinxxa-mi-
mieHi. KaapMoaymiH, TaKMM YHMHOM, OXOILIIOE aMdidinbHy cmi-
pans OinKa-MiIIeHi Ta CTUMYJIOE 3MiHY HOro IIPOCTOPOBOI CTPYK-
TypU Ta aKTUBHOCTI.

SHMKeHHA KOHIeHTpAaIlil ioHiB KaJbI[il0 IPUBOAUTEL 0 3BOPOT-
Horo ederty — ionu Ca?" gucomirorors Big CAM, a JeKaabIiiHOBA-
HUH KaJbMOIYJiH BTpavae CHOPiAHEHICTh 3 MillIeHAMIH.

YV Arabidopsis BusiBJI€eHO ciM reHiB, II[0 KOAYIOTH YOTHUPHU i30-
dopmu xaxpmoxyainy (CAM1/CAM4, CAM2/CAM3/CAM5, CAMG6,
CAMYT). 1Ii isohopmMu He3HAUHO BiAPiBHAIOTHCSA OAWH BiJ OJHOTO
3a amMiHOKMCIOTHOIO mociaigoBHocTI0. Tak CAM1/CAM4 i CAMY Bin-
PiBHAIOTHECS MiK CcO00I0 YOTHPMAa AMiHOKHCJIOTHUMHU 3aJUIIKaAMU,
a rampmonyniau CAM2/CAM3/CAMS i CAMG6 BigpisuAmOTHCA Bin
CAMY7 Bcooro oxHiel aminokucisiororo. HesBaskarouu Ha MimiMaabHi
BigminHOCTI, Kaapmonaysria CAMYT icToTHO BiApisHAeThCA Bim TPHOX
inmux isodgopm 3a pyurimiamu. CAMT € TpaHCKPUNIIAHUM pery-
asaropom. Ak Oyao moxasano, CAMYT smaTHHiT 6esmocepegHbBO B3a-
€EMOJiATH 3 IIPOMOTOPaAMU PAAY CBITJIO-iHAYKOBaHUX TeHiIB i Mo-
IyJIIOBATH aKTHUBHICTH iX eKcmpecii.

Mopynauia akTMBHOCTI TpaHCKpUNLii KanbmogyniHom

V peryndamiio TpaHCKPUIITMOHOI aKTUBHOCTI KJIITUHU 3aJIyYeHO
Oesiiu Ca?'-3B’asyrounx OlIKiB. BBasarTs, 1110 ekcupecia 3,3 % re-
HiB Arabidopsis mepe6yBae mig KouTposem Ca’'-zajie;KHUX MeXaHis-
miB. TpaHckpuniia 6aratbox ABK-peryiaboBaHux reHiB, IPOIYKTH
AKUX 0epyTh y4acTh V PaHHIX CTPECOBUX PeaKIlifAX, 3aJeKUTh Bif
MigBUINEeHHs KOHIeHTpalil ionis Ca?" B murosoni. Cepen HUX reHu
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rpanckpuniiiaux gaxropis C-repeat/DRE Binding Factor (CBF) —
KJIIOUOBHUX PETyJISTOPiB peakiiii Ha abioTWUHI cTpecoBi BIJIMUBHU.

Y mexanismi axkTuBaiii excmpecii reniB Oepe yuacTh rpymna
rpaHckpuniiiiaux dgaxropie CAMTA (Ca?"/calmodulin-binding
transcription activator). ¥ Arabidopsis BusiBieHo 1ricTh Takumx
darTopiB. Kapbokcurepmimanpbua vactuuaa moaexyiau CAMTA
dopmye Ca?"/KaabMOnyIiH-3B’A3YIOUUI NOMEH, a B aMiHOTepMi-
HaJbHi#A vacTuHi 3Haxomutbcsa CGl-moMeH, SKMI OIIOCEPEIKOBYE
B3AaEMOJiI0 3 IPOMOTOPOM T'eHa uepes CiS-eJIeMEeHT, AKUIM HasUBaIOTh
CAMTA-3B’agytounii cair (puc. 49). IlokasaHo, 1110 TPAHCKPUII-
mitiai paxTopu CAMTAL1l i CAMTAS omocepeAKOBYIOTh KaJbIlie-
BUU CUTHAJI i TPAHCKPUII[il0 T'eHiB CTifIKOCTi 4O XOJIOZOBOTO CTPECY.
ITe omocepeaKkyBaHHS 3AiMCHIOETHCA TAKUM YUHOM:

1) mpu migBUINEHHI KOHIIEHTpAaIlil KaJabIlil0o B IIUTOILIA3MI MO-

nerkyaa xaabmonysiny (CAM — calmodulin) mos’sisye 4o-
Tupu iom Ca’";

2) xanbruHOBaHM Kajabmoxytin Ca?t/CAM 3B’asyerncsa i3 C-rep-
minagsauM Ca?'/KalbMOIYJIiH-3B’ A3YIOUNM ITOMEHOM TPaH-
ckpunmiiiaoro gaxropa CAMTA;

3) axrtuoBamuii CAMTA y craani xommiaekcy Ca?"/CAM/
CAMTA Bzaemogie 3 CAMTA-3B’I3yI0OUNM €JIEMEHTOM IIPO-
MoTopa Ta Oepe ydacThb B iHimiaiiii ekcmpecii rexa.

Kanemonymin CAM7, g 3a3zHavyaJocs BUINE, € TPAHCKPUIIIIiN-
HHUM PeryJsaTopoM i 3maTHHuII 0es3lIocepenHbO B3aEMOMIATH 3 IIPO-
MOTOpaMH OeAKUX T'eHiB.

Mopynsuisa akTUBHOCTI 6inKiB Kanbuif-3anexHMMm KiHazamm

V¥V KasbllieBOMYy CUTHAJIBHOMY MexaHisMi 3amidHa BeJlnKa Kijb-
KicTh KiHa3, aKTUBHICTH AKUX 3aJIeKUTH Bif QIyKTyaliil ioHis
KaJbI[il0 B IIUTO30J (HOoKJamHilme auB. po3mia «Kanabiifi-sanexHi
IPOTEIHOBI KiHa3m»).

Kaasniii-zanexni nmporeinoBi kimasu pocaun (CDPK —
Calcium-Dependent Protein Kinases) y C-tepmiHanbHi#l yacTuHU
MOJIEKYJI MAalOTh KaJbMOAYJIiH-TOMiOHUIT MOMeH, AKUH MiCTUTH
yotupu KoHcepBaTtuBHi EF-pyKu Ta n03BOJIsE Ge3mnmocepeHbO 3B -
syBatu ionm Ca?'. 3B’asyBamHs uoTupbox ioniB Ca’" mpuBogUTH
0 BUBiJIbHEHHS KiHAa3HOTO aKTUBHOIO IEHTPY Bif aBTOiHTiGiTOp-
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HOrO JOMEHY Ta Imojajbiinoro aBrodochopuaosanus CDPK, HeoO-

XiHOTO /I IOBHOI aKTuBAIlii (pepMeHTYy.

Y BigmoBimp Ha giro ribepenimy kimasza CDPK1 peryiioe ak-
TUBHiCTh TpaHcKpumiiiinoro gaxropa RSG (Repression of Shoot
Growth). Bararo kKaibIiii-sajieKHuX KiHas (QYHKIIOHYIOTHL y CHUTI-
HanbHil cuctemi ABK. Hampukian, Kanbifi-samesxai kinasu CPK3
(Calcium Dependent Protein Kinase 3) i CPK6 momyJioiTh ak-
TUBHICTh AHIOHHUX KaHaJiB S-tumy, 6epyum ydyactb y ABK-pe-
ryaanii npoguxosBoi Tpancmiparnii. CPK4 i CPK11 ¢gocdopuio-
oTh TpaHcKpunmniiiui gaxropu ABF1 (ABRE-Binding Factor 1)
i ABF4, axi maroTh Ba)KJNBe 3HAUEHHS y (DYHKI[iOHyBaHHi 3aMu-
KaounuxX KJITUH IPOAUXiB.

CBL/CIPK. V¥V pocauHHUX KJiTMHAX IPUCYTHINl PEryaaTOPHUNA
Ca?"-gB’sizyrounii 6isoxk CBL (Calcineurin B-Like — kasabiuueii-
puH B moxiGuwmii 6i0K), AKMUI (QYHKITIOHYE K KaJIbIIi€EBUI CEHCODP.
Bin mae, gk i kaaemoznyain, yorupu Ca’'-38’asyroui EF-pyku Ta mMo-
nymatoe aktuBHicTb CBL-B3aeMopmitounx mporeinoBux kKinas (CIPK —
CBL-interacting protein kinase). Biazxku CBL maroTh anuibHy rpyiy,
axa yrpumye ix Ha memOpani. CBL Oyau imeHTudikosani y miasma-
aemi ta ToHomiacti. Kimasu CIPK e posumHHUMEI OiiKaMH Ta JIOKAa-
JiByIOThCA B IIUTOILIA3Mi Ta HyKJeomiasMmi. IIpu B3aemomii 3 Kajb-
nmuuoBaHuMu CBL kimasu CIPK sanyuatorbea no memOpan (puc. 49).
VYV pocamHHUX TeHOMaX KOAYeThbCs OaraTo immuBigyanpHux BumiB CBL
i CIPK. O6uzBi pomguuu 6inKiB € 6araTopyHKIIiOHAIPHUMU CUTHAJIb-
HUMU KOMIIOHEHTAMU, 3JaTHUMHU YTBOPIOBATH 0araTo aJIbTePHATUBHUX
kommirekciB CBL/CIPK. Cykynaicte KommiekciB CBL/CIPK snaxo-
IUTHCA B IEHTPi cucreMu gexoayBauHa Ca?'-curmaiis.

Cxema ¢ynkiionyBanua cucremu CBL/CIPK.

1. 30iaplIeHHA MUTOILIa3MAaTUUYHOI KOHIIEHTPAIlil KaJbI[il0 IPUBO-
IUTEL 0 3B’A3yBaHHA 4oTUpbhox ioHiB Ca?' EF-momenamu pery-
asaropHoro Oinxka CBL.

2. Kanmsnumuosauuii CBL 3’emuyerscsa 3 CIPK uepes NAF-momen,
posTalloBaHU y KapOoKcUTepMiHaJIbHIN YacTHHI KiHaswu.

3. 3wmiHa xKoH(popmaillii, cupuuYMHeHa B3a€MOJi€l0 OiJIKiB, mPUBO-
IUTH OO 3MilleHHsA aBToiHribiTopHOrOo nomeny CIPK, axuii Bu-
BiIbHsA€ aKTUBHUI KiHa3HUI IIEHTD.

4. ArxrtusoBaHa Kinasa CIPK Bszaemopgie 3i cBoimMmu Mimnensmu Ta
dochopuiioe ix.
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Puc. 49. MexaHnism peryJisilii akTuBHOCTI 01IKiB KaabMoayriHoM (3a Besson-

Bard Bae, Choi, 2008, i3 sminammn).

YMOBHI TO3HAYEHHSA:
CDPK — xkausbmiii-same:xkui kimasu; CBL — xkanpnuuelipun B moxpi6wi

6inkm; CIPK — CBL Bsaemogitoui mpoteinoBi kinasu; RSG (Repression
of Shoot Growth) — Ttpamckpunmuiiitauit paxrop; CAM — KaabMOIYJIiH;
CaCMK — xasbrifi-kaabpmonyrin-ganeskui kimasm; AKT1 — 1meii-
Kep-moxmiouuit K* xanam; SOS1 — Na*/H + arntunoprep
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Yepes CBL/CIPK perynasaTopHy cuUCTeMy PeryJaioeThbca GaraTo
iOHHMX KaHaJIiB, MOAYJIAIiA aKTUBHOCTI AKX € BaKJIMBOIO B PO3-
BUTKY PiBHOMAHITHHX CTPECOBUX PeaKIIiii.

Kinmaza CIPK24 € Ba)XJIUBUM PETYJIATOPHUM KOMIIOHEHTOM Y Me-
xaHisMi cosbOBOi cTiMiKOCTi. ¥ KOMIIJIeKci 3 miaasmMajeMHUM OiJi-
koM CBL4 msa kinasa perysioe aktuBHicTb Na*/HT-arntumoprepa
SOS1 (Salt Overly Sensitive 1). Kpim miporo, CIPK24 moske 3B’s-
syBatuca 3 CBL10, axuii JoKaJi3yeThbcsd Yy BaKyOJAPHiT mMeMO-
paui. Komniexe CBL10/CIPK24 Momysiioe aKTHBHICTHL TOHOIIJIACT-
wHoro Na'/H*-autunoprepa (puc. 49).

Cencopu CBL1 i CBL9 Bzaemogitors 3 CIPK23, yTBOprOHun
rkommekcu CBL1/CIPK23 i CBL9/CIPK23, aki cmemudiuHo pe-
I'yJI0I0Th aKTUBHICTH TiJIBKU OMHOTO IIelkep-monibmoro K*-ka-
nany AKT1 (Arabidopsis K* Transporter 1). Ha immi K'-gkamamanu
I[i KOMIIJIEKCU He BILINBAIOTD.

CIPK1 cminpao 3 CBL1 i CBL9 perynioe ABK-zanexui it ABK-
HesaJie:KHi peakIlii ma cTpecoBi BuamBu. Barato ABK-zane:mxuux
BiAmoBizmeit KoHTPOJOIOTHECA KoMIiiekcom CBLY/CIPKS.

3.4. KOBAJTEHTHA MOAN®IKALIA CUTHAJIbHUX
NOCEPEAHUKIB

3.4.1. 3HaueHHA 060POTHOI KOBaJIeHTHOI Mogudikauii

Mopynania akTuBHOCTI QYyHKIioHaJAbHUX OiJKiB BHACIiZOK
3MiHU iX KoH(popMaIlii 31ilicHIOETECA He TiBKU Uepe3 B3a€EMOMiI0
3 aJIOCTePiYHUMU DPeryJiATopaMu, aje i IIJIAXOM KOBaJIEHTHOI MoO-
nudikanii. TperurnHa abo yeTBEepTHUUYHA CTPYKTypa OiJIKiB MoKe
OyTu 3MiHeHa B pe3yJIbTaTi PiBHUX IOCTTPAHCAAIIHUX MeXaHi3-
miB. Ile Moyke OyTU HOCATHYTO IILIAXOM:

e MpuUegHAHHA a00 BiAINEeNJIeHHA mpocTeTUYHUX rpyn (docdaris,
cynbdariB, MOHO- i oJsrirocaxapuiiB TOIO);

e mMoau(ikalii mepBUHHOI CTPYKTYpU (00OME)KeHUl mTpoTe0Iis, Bif-
IIeTJIeHHA KiHIIeBUX aMiHOKMCJIOTHUX B3aJIUIIKiB TOIIO).
IToxi6ui sminmu 6inKiB BiZOyBarOTHCA HMOCTTPAHCIAIINAHO ¥ IIPO-

meci IXHBOTO JO3piBaHHA, aje BeJWKaA KiJIbKicTh Moau@iKalliii MoKe
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OyTu 0OOPOTHUMHU TA BUKOPUCTOBYIOTHCA KJIITHHAMU B PETyJIATOP-
HUX MeXaHisMax.

Haii6inpin 3HauyIuMmy y PeryasaTOPHOMY BiJHOIIIEHHI Ta II0-
BCIOJHO IIOINMPEHUMU y IPUPoOAi € moxudikarllii 6iJKiB 3a Jomomo-
roio (¢ochopuaoBaHHsa Ta gedochopuaoBanusg. PochopuIIOBAHHS
0inkiB (mpuegHaHHA (ochaTHUX TPyI, TOOTO BaIUMIKIB ochaTHOT
KHCJIOTH) 3iICHIOETHCA MPOTETHOBMMH KiHazamMm — (epMeHTaMu,
AKri raramnisyroTs nepeHoc y-dochary ATP va cnenmudiunmit amino-
KHCJIOTHUUN 3aJHUIINOK Oinka-mimieHi. @ocdaTHi rpynu B 6iIKOBUX
MOJIEKYJIaX MOMKYTb OyTH 3B’sA3aHi 3 Pi3HMMU aMiHOKMCJIOTHUMU
3aJIMIITKAMU: CEPUHIB, TPEOHIHiB, TUPO3UHIiB, TicTuamHIB Ta iH. Ile-
dochopunioBaHHsA (GochHOIPOTEIHIB 3MiMCHIOETHCA MPOTETHOBUMHU
¢docharazamu.

ITocTTpaHcaAnitina oboporHa MmoaudikaIia 0iIKiB msaxom goc-
dopunoBanua/gedochopusnoBanusa, abo kiHasHo-docharasHuin
IMKJ, € BAXKJINBUM PETyJATOPHUM MexaHidsmMoM. BBemenusa abo Bu-
majmeHHsa ¢ocdaTHOI rpynu CIPHUAE iCTOTHOMY IIepPepo3IOomiay 3a-
panmiB y OiIKOBUX MOJIEKYJIaxX, II[0 3HAYHO BILIMBAE HA iX IIPOCTO-
POBY CTPYKTYPY # aKTHUBHICTH.

Henpamum miaTBepAKeHHAM BasKJINBOCTI hochopuIroBaHHsS Oij-
KiB € HagBHICTL y eyKapioT 3HauHOI KiJIBKOCTI r'eHiB, 110 KOAYIOTH
npoTeiHoBi KiHasu Ta (ocharasu. Hampuraan, y reHomi IpikmKis
BusaBjeHo mmoHaa 120 reHiB pisHux mporeiHKiHas, a reHOM JIOAWHH,
3a meAKuUMH ollinkamu, Koxaye mouan 1000 mux ¢pepmeHTiB. ¥ poc-
auHax Arabidopsis thaliana ineatTudikoBano 175 cepuH/TpeoHiHO-
Bux Kimas i 6auspko 100 ¢ocharas. Kpim Toro, 3HauHa KiIbKicTb
IUTONJIa3MATUUYHUX OiJNIKiB eyKapioTMyHUX KJIiTUH (IpUOGIM3HO
TpeTs YacTHWHA) MAaIOTh KOBAJEHTHO 3B’sa3aHuil docdar.

DochopurroBaHHa Ta geochOpUIIOBAHESA UYNHATL IPOTUICKHY
niro Ha cybcrpar. Ili mporecu € cBOepifHMMU IepeMUKaYaMU aK-
TUBHOCTI QyHKITioHAIbHEUX 0iaKiB. IIpu mpomy 3arajabHOI 3ajie;KHO-
cTi Misk HaaBHicTIO ocharHOl rpynu (abo mexinbkox rpym) i cra-
HOM 6inka He icHye. Omui 6inKm y ¢ochopuaboBaHOMY CTaHi Ie-
pexonsaTh B aKTUBHY (GopMmy, a iHINi, HaBmakKu, — iHTiOyIOTBHCH.
(Haragaemo, 110 mijy aKTUBHICTIO CJifi pO3yMiTH He TiJIbKU Karta-
JITUYHY aKTHUBHICTH (pepMeHTiB, ajie i 3gaTHicTh 6iJIKiB B3aeMomi-
AT 3 IHIMUMHU CUTHAJbHUMM IapTHeEpaMHu, TOOTO 3JaTHICTH Iepe-
IaBaTU CUTHAJI).
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3HauHa KiJbKicTb OiNIKiB MaroTh uMcjaeHHi caiiTu (ochopuiaro-
BaHHS, AKI MOXKYTbh MaTH pisHe mpusHaueHHA. Hampukiaanm, y Mo-
JeKyJiaX perenTop-Ioqi0HNX KiHas ogHa YacTUHA cauTiB gochopu-
JIOBaHHS HeoOXigHAa AJIg MOAYJIIOBAHHSA KaTAJTiTHUYHOI aKTUBHOCTI,
a igmia Gepe ydacTb y (popMyBaHHi 3B’A3yI0UOi IIOBEpPXHi, HEOOXi-
HOI mJyisg B3aemopii 3 immmMmu Oinkamu. IlepeMuKaHHA aKTHUBHOCTI
MOJKe 3IiliCHIOBATHCS 3a IPUHIMIIOM «yce abo Hiuoro» abo martu
rpagieHTHUN XapakTep, TOOTO BBeAeHHs (ochaTHUX TPyd He IIPO-
CTO «BKJIIOUae» ab0 «BUMUKAaE» OLJIOK, a Imifcuiroe abo mocJiadiiioe
MOro aKTUBHICTB.

Ilpuenuanua s3anuinkiB ¢ocdaTHOl KHCIOTH OO MOJEKYJ 0ij-
KiB 3IiliCHIOETHCS He TiJIbKM IpoTeiHKiHaszamu, aJje i (pepmeHTaMU
immoro tTuny — d¢ocdorpanchepaszamu, axki nmepeHocATs Gocdar
Bix ommoro (ocopuarboBaHoro O0ika Ha iHImHNIT 63 BUKOPUCTAHHS
ATP. IIpurkaagom Takoi TpaHchepasu € rictuauHoBa (hochoTpaHc-
depasza HPt, axka (pyHKIioHye yV TBOKOMIIOHEHTHilI 0araToKpoKo-
Bilf peryJnATOpHi# cucteMmi pocauH (AUB. Po3Ain «[BOKOMITOHEHTHI
0araTOKpoOKOBi curHajabHi cucreMu pociaun»). HPt mpuiimae ¢oc-
daT Ha BaJUIIOK TiCTUAWHY Bil 3aJHUINIKy aclapariHoOBOlI KMCJIOTH
receiver-IoMeHy TiCTHUIMHOBOI PEIeIITOPHOI KiHAa3W Ta IMepeHOCUTH
Moro Ha acmapariHOBY KHCJIOTY receiver-moMeHY peryJsaTopa Bif-
noBigi. Kpim mxepeina ¢ocdaruoi rpynu, kimasHi Ta ¢ocdorpaHce-
depasHi peakiiii BiIpi3HAOTHCA TUM, IO B CUTHAJBHUX MeXaHis-
MaXxX Ha piBHiI KiHa3 Big0yBaeThbCA IIOCUJIEHHS CUTHAJY, a Ha PiBHIi
dochorpanchepasu — Hi.

3.4.2. PocnunHHI npoTeiHOBI KiHa3un

Y pocamHHUX TKaHUHAX IPOTeIHKiHAa3W MicTAThCA y 3HAUHIN
KimbKocTi Ta pisHOMaHiTTi. IIpoTeiHOBI KiHadW MOAiNAIOTH, TOJIOB-
HUM YMHOM, 3a CcyOcTpaTHO crnenmudiunictio — BoHU Gochopu-
JIIOIOTh KOHKDEeTHI aMiHOKMCJIOTHI 3aJMIIKU, JIOKAJi30BaHi y IeB-
HUX mocaimoBHocTAX. 1li (hepmMeHTH PO3PIBHAITHCA TAKOXK 3a aMi-
HOKMCJIOTHOIO IIOCJIiJOBHICTIO, IPOCTOPOBOIO CTPYKTYPOIO, CYOOmM-
HUYHNM CKJIaJIOM, JIOKaJIi3alliero, cIoco0oM axkTuBAaIlil Ta iHmmumm
XapaKTepUCTUKaMMU.

¥ pociuHHUX OopraHizMax cepuH/TPeOHiHOBI KiHa3u CTAHOBIATH
HaMOiIbI BajKJIMBY Ta pPidHOMAaHITHY rpymy. licTuamHoBi Kinasu
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IIPEeICTABJIEHI PEleNTOPHUMH KiHasaMu JBOKOMIIOHEHTHUX CHUCTEM
(muB. po3min «ricTUAMHOBI KiHasm Ta JBOKOMIIOHEHTHiI CUTHAJBHI
cuctemMu»). TUOBI TUPO3WMHOBI KiHasu y pocaWH (a TaKOMK y T'pU-
0iB) He BusaABJeHi. PochHOPUIIOBAHHSA TUPOSUHOBUX BAJTUIIKIB y poc-
JINH, TUM He MEHIII, 3MifiICHIOETLCS, IIPOTE B 3HAYHO MEHIIIOMY MACIII-
Tabi, Hi’k y TBapmH. KarTammuayrmorbea i peakilii cepuH/TpeoHiHO-
BUMH KiHaszaMu, AKi MaloTh HIMPOKY chenudiuHicTh. Byno Busas-
JIEHO, IO TaKi BJIACTUBOCTAMHU MAIOTh:

e ximasu pomguau MAPKK, aki 6epyTh yuacTh y KiHa3HHUX KacKa-

Aax;

e Kimasu, 110 (GochopUI0I0T, NUKJIIH B-3ane:xHl Kinasu;
e nesKi perenTop-moAiOHI KiHasu (HampuKJaz, pelenTop opacu-

"HocTepoinmie BRI1).

Cepepn 0iIKOBUX KiHa3 HAWIIOIIMPEHIIIINMU B KUBOMY CBiTi € ce-
pUH/TpeoHiHOBI KiHasu. SIKIMO, HATPUKJIAJL, TUPOSUHOBI (perer-
TOPHi) KiHA3u XapaKTepHi AJsa TBApUH, a TiCTUAMHOBI (peIlernTopHi)
KiHasu — pasa pocsimH i 6aKTepiii, TO cepuH/TPEOHIHOBI KiHA3u BU-
SABJIEHI B yciX Ipyn opradisMiB i IPHCYTHiI Yy KOYKHOTO OKPEMOTO
BUIY y BEeJIUKOMY Pi3HOMAaHIiTTi.

o HallBaKJIMBINMINX CEePUH-TPEOHIHOBUX NPOTEiHOBMX KiHas
POCIMH HaJIeXKaTh:

e KasbItiti-sasneskui Kinmasu (CDPK);

e SNF1-moni6Hi KiHasu;

e pelenTop-noaibHi Kinaswu;
MAP-kinasu (MAPK), MAPKK, MAPKKK;
MUKJIIH-3aJeKHI KiHasuy;
kagein kinasu I (CK1), kasein kinasu II (CK2);
GSK3;
CTRI1.

Kanbuin-3aneXHi NpoTeiHOBI KiHa3u

Kasnbliifi € yHiBepcaJIbHUM BHYTPIIIHHOKJITUHHUM MeECEHKe-
poM, AKUHE Gepe yuacTb y PeryJaAllii KUTTEeNisIIbHOCTI KJIiTUHU.
TIoru Ca?" MOXKyTb IPSAMO BILUIMBATH HA (PDYHKIIIOHAJIBHI OiaKM, 3B’s-
sywounchk 3 HuMu uyepes Ca%'-gB’sasyioui neurpu (EF-pyku), abo omo-
CepesKOBAaHO Uepes3 HU3bKOMOJIEKYJAPHI peryiaaropHi Ca’'-3B’asy-
oui 0iTKM, HATTPUKJIAA KaJabMOIYJIiH.
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Icuye Tpu pomunm Ca’'-zaneXHUX NPOTEIHOBUX KiHas:
1) KanbIifi-KaJbMOAYJIiH-3aJIesKHI IpoTeiHoBl KiHasu;
2) xaJblifi-sasexHi KiHasu (KaJabMOAYJIiH-TONiOHUIT JOMEH MIPO-

TeiH-KiHas3m);

3) CBL-B3aemopiroui mpoTeiHoBi KiHasu.

Kaasuiit-kaasmonymin-sanesxui kinasu (CaCMK — calcium-
calmodulin-dependent kinases) € TumoBumu 1y TBapuH (hepMeH-
TaMu, aje, K BUSABUJIOCH, HE MAIOTh IITNPOKOTO POSIOBCIOMKEHHS
y pocaud. Hampukaazn, y remomi Arabidopsis e 0yJs0 BUABJIIEHO
TeHiB, IO KOAYIOTh KiHasu Ifiel pOAUHU.

Bararo cepuH/TpeoHiHOBMX KiHas TBapuH peryiamioThesa Ca’f-
raapmonmyainom (Ca2*/CAM). ¥V BificyTHOCTI KAJIbIITHOBAHOTO KAJIb-
monyainy CaCMK miaTpumyioTbcss B HeaKTHBHOMY CTaHi, mpu
SIKOMY aBTOiHTiIOiTOPHMI patioH (IIceBmOCyOCTPATHUI MOTHUB) 3aKPU-
Bae JOCTYIl cybcTpary no KiHasHoro momeny. Ilpmemmanma Ca?t/
CAM po Ca%'/CAM-3B’A3y1040l JiJIAHKYN CTUMYJIIOE 3MiHA KOHQDOP-
marii Kimaswu, IO IPUBOAUTEL M0 ii akTuBaIrii.

Kaasuiit-same:xxui nmporeinosBi kimasu (CDPK — calcium-
dependent protein kinases). AxruBamia nmux kKimas iomamu Ca?*
He BMMAara€ IPHUCYTHOCTI KaiabMmonmyJainy. ¥ C-repMmiHaibHOMY pa-
MOHI POCIMHHUX KaJbIlili-3aje’KHUX HPOTeIH-KiHas 3HAXOQUTHCS
IOMEH, AKMHA MiCTUThL yoTupU KoHcepBaTuBHiI EF-pyku Tta Ha 39 %
€ imeHTMyHUM Kaabpmony iny. I{fo AingHKy HasWBalOTh KaJbMO-
nynin-mogiouum momenom (CLD — CaM-like domain). Pocaunni
KaJIbITili-3ajieskHi KiHasu, 3BasKaluy Ha OCOOJIMBOCTI iXHBOI CTPYK-
TypU, HABUBAIOTh TAKOK KAJbMOIYJIiH-TIOTIOHNM TOMEHOM MPOTEIH-
kimasu (abpesiarypa CDPK mpu mpomy sb6epiraerncs: CaM-like
domain protein kinase).

Hasasuicts EF-pyk y MoJieKyJi Bu3Hauae 3JaTHICTh KiHas 0es-
nocepesubo 3B’aAsysaru ionu Ca?' i pearysaru Ha 3MiHy IXHBOI KOH-
ImeHTpanil B KiaiTuHi. 3B’a3yBaHHs 4oTUPLOX i0HIB Ca’" KaabMomy-
JiH-TOAIOHUM AOMEHOM CIPUUYMHSIOTH KOH(MOpMAaIliliHi 3MiHH MO-
JeKyJIU KiHasu, I0 IPUBOAUTH OO0 BUBLJIbHEHHSA KiHA3HOTO aKTHUB-
HOTO IEeHTPY Bix aBTOiHTi6iTOpHOTO MOMeHyY. 1li 3MiHM CymIpPOBOIKY-
orbea aBTodochopunaioBanaaM CDPK, ake HeoOXigHO AJA IIOBHOIL
aKTuBAaIlii hepMeHTy.

V¥ remowmi pocauH inentudixkosano 6araro rexiB CDPK. ¥V Arabi-
dopsis thaliana BuaBmneno 34 kinasu poamau CDPK i 8 61uspKux
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im 3a crpykTyporo CDPK-moxiouux kinmas (CDPK-related kinases).
3HauHa KijgbKicTh izodopMm, iMoBipHO, 3abesmeuye cuemudiuHicTs
i mmacTuuHicTh BiAmOBiAi Ha pisHi cTMMYyJHM, IO BILIMBAIOTHL HA IIij-
BUII[eHHS BHYTPIIIHBOKJIITHHHOI KoHIeHTpanil iomis Ca?". Bararo
izogopm CDPK y pociinH eKCIpPecyoThCA CHeIn(iuHo 3aIeKHO Bi
TUIY KJITHH i cTamii po3BUTKY Oprauiamy i oxkpemux opraxiB. Kpim
Toro, okpemi opmu CDPK B3aeMomiioTh 3 IeBHUMU OiJTKOBMMU Mi-
mreaamu. Mimenamu CDPK e 6arato ¢pyHKIIioOHAJIbHIX OiJIKiB 3 pis-
HuMu QyHKIigvmu. Hanpukiaan, akBanopuau (Honyain 26 — akBa-
mopuHU ciMOiocoMHOI MeMOpaHM, III0 0TOUYE a30Tdikcyroui 6axkTepii
y Oyanboukax 0000Bux pociauH; o-TIP — ToHomIacTHUil icTOoTHMIA
0iJoK-0, BUABJIEHUI Yy HACiHHI KBacoJii B MeMOpaHi BaKyoJeii, IO
MicTsTh 3amacHuil 0iJI0K), HiTpaT-pemykrasa, Cl-kamaaum, caxapo-
30-cuuTasza, NADPH-okcugasa, TPaHCKPHUIIIiNHI PeryIaTOPH TOIIO.

CBL-B3aemogiroui mporeinosi kimasu (CIPK — CBL-interacting
protein kinase) He MaroTh Kajbliii-3B’A3yIOUNX AOMEHIB, ajie iXHsA
AKTUBHICTL 3aJI€KUThL Bil KoHmeHnTpalil iomis Ca?" omocepeakoBaHo
yepes3 KaJbllili-ceHCOPHI KaapuuHeipuH B moxiowui 6inku (CBL —
Calcineurin B-Like). Binokx CBL mae sHauHy CXOKicTb 3 peryJsi-
TOPHOIO B-cyboamHMIlEI0 KaJbIIMHEHPUHA Ta HEMPOHAJIBHUM KaJb-
I[ieBM CEHCOPOM TBapuH i apimmxiB. Ak i kamxemonmyria, CBL mae
yorupu Ca?'-3s’asyrounx EF-pykm Ta B3aemozic 3i cBoiMu Mirre-
HAMU Y KaJbIIMHOBAHOMY CTaHi, MOAYJIOIOUM IX aKTuBHicTb. Of-
HaK, Ha BigMiny Big Kamabmoxnyainy, CBL 3B’asani 3 memOpamamu
Ta Peryjoi0Th aKTUBHICTL ()epPMEHTIiB TiJIbKU OAHiel poguHU —
CBL-B3aemomirounx mpoTeiHOBUX KiHasz. MemOpaHHa JIoOKajisallis
CBL BusaHauaeThCA HASBHICTIO I[HOTO OiJIKa MOCTTPAHCIAIINHOL
mopudikaiii y Buriaani anmuiabHol rpynu. Bussiaeno CBL y mias-
MaTuuHiil i Bakyoaapuiin memOpanax. Kimasu CIPK maroTs 1mmTo-
IJIa3MaTUUYHyY Ta SAepHY JOoKajisallilo Ta 3aJydaioThCs OO MeMO-
paH mpu B3aeMofii 3 KambimHOBaHOO (Gopmoro CBL.

Moneryna CIPK ckiaamaeTbcs 3 aMiHOTEpMiHAJIBLHOTO KiHas-
HOTO MOMEHY Ta KapOOKCHUTEePMiHAJIBLHOT'O PEryJIATOPHOI'O0 AOMEHY,
MiK AKMMU 3HAXOAUTHLCA BapiabesbHa 3’e€IHyBaJbHA AiJIAHKA.
VY kapOOKCHUTEPMiHAJIBHOMY PEryJsaTOPHOMY pailioHi 3HAXOAUTHCS
kKoHcepBaTuBHul NAF-momen, meooximuuii mis Bsaemopaii iz CBL,
i PPI (protein-phosphatase interaction) momen, 110 omocepenkoBye
B3aemogiio i3 (¢ocdarazoro PP2C.
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30iJbIIeHHS IUTOMJIA3MAaTHUYHOI KOHIIEHTpPAIil KaJbIlilo HpPH-
BOJUTDH [0 3B A3yBaHHA 4oTUpPhoX ioHiB Ca’?" EF-momenamu pery-
asaroprHoro 6inmka CBL. KanpmuuoBanuii CBL 3’e¢guyernesa 3 CIPK
uyepes NAF-nomen. Baaemogia 0inkiB cTuMysI0oe 3MiHy KoH(popMa-
mii xinmasum, B pe3yJabTaTi 4Oro aBTOiHriOiTOpHUI i KiHasHHU# 10-
MeHU aucoliroTsb. AKTuBoBaHa kinasa CIPK Bzaemopmie 3i cBoimu
MimienamMu Ta (ocopuae ix.

YV remomi pocamam Arabidopsis xoxyersess 10 CBL i 26 CIPK
a y regomi pucy — 10 CBL i 30 CIPK. KoukperHi sugu CBL
i CIPK cuemudiuHo B3a€MOIiIOTh OOUH 3 OOJHUM, a YTBOPEHI KOMII-
aexcu CBL/CIPK MonyoTh aKTUBHICTH MeMOPaHO3B’A3aHUX
Mimene#l maAaxom (QocopuaioBanHa. Mix imguBigyansHUMUI
CBL i CIPK Mo;xJI1nBe YyTBOPEHHS aJbTePHATUBHUX KOMILIEKCiB.
ITe 86imbITye KiMbKiCTh MOKIMBUX KOMOiHAIiM i 3a6e3meuye TOHKE
HaJIAIITYBaHHS AKTUBHOCTI MeMOpPaHHMX KOMIIOHEHTiB 3a mii pis-
HUX 30BHIIIHIX BIJIUBiIB pisHOI iHTeHCcuMBHOCTI. CYKYyIHIiCTH KOMII-
aekciB CBL/CIPK sBasie co0010 CBOEPIIHUI ITEHTPAJIBHUN «IIPOILe-
cop» cucremMu AeroxysaHHa Ca’'-curmamis, axi GopMyoOTbCAa IpU
muporomy miamasdoHi crumyniB. Uepes CBL/CIPK perynaTopHy cu-
CTeMy PeryJIloeThCs 0araTo iOHHMX KaHAJiB, MOAYJIAIiA aKTUBHOCTI
AKHUX € BayKJIMBOIO B PO3BUTKY Pi3HOMAHITHUX CTPECOBUX PeaKIliii.

SnRK — SNF1-nogi6Hi KiHasun

Pocaunni kimasu poguuaum SnRK € romosoramMu ApisKI:KOBUX Ki-
Has SNF1. 3sizcu SnRK — SNF1-moxi6ui ximasu (SNF1 related
kinase). Ilo mporo x Tumy Kimas masexath AMP-akTuBOoBaHi Ki-
nasu (AMPK) ccasiis. ¥ Arabidopsis thaliana ineaTudikoBaHo aBi
migpoguau: SnRK1 i SnRK2.

Vci kinasu, romosoriuni SNF1, akTuByIOTHCS IIepeBa’kHO y CT-
PECOBUX yMOBaX, 3a AKUX BHUIKYETHCA PiBEHb TJIIOKO3W W afeHO03i-
tpudocdariB, a Korrenrtpaiia AMP migsurtyersca. OCHOBHa cTpaTerisa
MeXaHi3MiB, 1[0 PeryJIIoI0ThCA UMY KiHasaMu, CIIPIMOBaHA HA 3HU-
JKeHHA PiBHA 0iOCMHTETMUYHUX NPOIECIB i aKTMUBAIlil0 aJIbTepPHATUB-
HUX Kartabosiunmx nuisaxis. e cupusie migsutensio npoaykiii ATP,
i mepeposmonisly eHepreTUUHNX PECYPCiB HaA ajamTalliiiHi mporecu.

Kinasu SNF1, AMPK i SnRK 6113bKi 3a CTPYKTYPOIO Ta BJIACTU-
BOCTAMHU, ajie KOXKHa poauHa mMae crernudiuui ocodbauBocti. Kinasu
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OPLKIKIB 1 TBAPUH MAIOTh IeTEPOTPUMEPHY CTPYKTYPY: O-cyOOmu-
HUIA KaTaJliTHU4YHa, a 3 1 Y BUKOHYIOTH perynaaTopHi dyHKIii Ta Ge-
PYTh yuacTh y 3B’sidyBaHHi cybcTpary. PocaurHi SnRK pisaarbcsa
MixK co0010 3a cTpyKTypoo. SnRK1 icHye SK MyJIbTUMEPHUI KOMII-
JeKC, MOAi0HO A0 TBAPMHHUX i APLKIMKOBMUX ToMoJioTiB, a SnRK2
€ MOOAVHOKUM IIOJIiIIeIITHUIOM.

Karanituuni cybomuuuii kimas SNF1, AMPK i migpoguuu
SnRK1 marors BUCOKUI crymins romoJiorii (60—70 %) B obmacTi Ki-
nasuoro momeny. ¥ SnRK2 Busasiaeno 43 % romoJorito 3 KinmasHum
momernoMm SNF1. Kpim 1miporo, ama SnRK2 e xapakTepHuM IysKe KO-
porkuii C-TepMiHAJIBbHUNA OOMEH, SKUHA BKJIOYAE KHCIY OiJIAHKY,
110 CKJIAJAE€ThC 3 MOJIrIITAMATHUX 1 IMoJiacmapTaTHUX IIOCJIiTOB-
HocTeli. BigminHocTi y KapbokcuTepMiHaabHii obJacTti, Biporiguo,
BU3HAYAThL cyoommuanuHuil ckjaag SnRK1 i SnRK2.

AxtuBania. SNF1 kinaza aKTuByeThCS 3a YMOB TJIIOKO3HOTO
romonyBauHsa. MexaHisM akTuBallii BKJIOUae (pochopuIoBaHHs
SNF1 cnemudiunoi kimasu. AxktuBHicTb AMPK 3HaxoamTbes Iming
HOABIHNM KOHTPOJIEM: PEryJAllis 3MiHiCHIOETLCS Uepes3 aJoCTepPiuHi
AMP-3B’a3y10ui IeHTpU Ta MIIAXOM (pocOopUIIOBAHHS CIermu@iu-
vol kinasu AMPK (AMPKK). AxruBariia AMPK i noganbimne doc-
dopuIOBaHHS MillleHel MPUBOAUTL N0 3HUMKEHHS CIIOKUBAHHS Me-
Taboaiunoil eHeprii y Buriaaai ATP 3a paxyHOK iHakTuBaiii pagy
aHaOosriuamx mporeciB. OgHOUYACHO 3 IIUM BiZOYBa€ThCA IIEPEMU-
KaHHA MeTabo0JIisMy Ha BUKOPUCTAHHS aJbTePHATUBHUX €HEPreThud-
HUX cyocTpariB s nocuieHHsa cuaTedy ATP. IIpu massuocTi Oara-
ThOX cXOXKuX puc Misk SNF1-nmogibHMMEN KiHazaMu TBapuH i ApixK-
mxkiB, TuMm He menin, SNF1 me aktuByeTbca AMP.

Pocaunni kinasu pommuau SnRK 3a OinpmricTio o3Hak gyxe
cxoxxi 3 AMPK ccaBIiiB, ajle BOHI He aKTUBYIOThCSA aleHO3UH-5'-MO-
HO(ochaToM Ta peryamiTbed TiIbKU (GochopunaoBanaaM. SnRK1
Mae crnenu(ivHuil 3aJIUIIOK TPeOoHiHy-172, akuil (hJJaHKOBAHO KOH-
CepBaTHUBHOIO HocaimoBHicTio. IlogiOHA IOCIIiZOBHICTH, IO BKJIIO-
vyae TpeoHiH-172, ¢ y AMPK, npuuomy AMPKK dochopuiioe
AMPK mno ganomy TpeoHiny. Ilepembauaerbcs, mo SnRK1 Ta-
KoK (ochopuiaerbca o mpomy caity. Axrtusaiis SnRK1 Bix-
OyBaeThbCA B yMOBaX CTpecy IIPpW BHUCHaKeHHi m:kepena KapOony,
10 JIETKO yTuJIidyeThbcA. K OyJsio moxasaHo in vitro, POCIAWHHI
SnRK1 pochopunooTs rirpokcuMmerua-rayrapui-CoA-penykrasy,
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caxaposodochar-cuHTa3y Ta HiTpaT-penykrasy. Pochopuaooun
i pepmenTu, SnRK1 mpurmiuye cuHTes isonpeHoigiB i caxaposu,
a TaKOX BiJHOBJIEHHS HEOPraHiuHOrO a30Ty Ta BKJIOUEHHS HOTO0
IO cKJany opraHiunmx cmoayk. Axkrtusaiiis SnRK1 BuiamBae Ta-
KoK Ha 3MiHy rennoi excmpecii. SnRK1 gepemnpecye reau xarabo-
Jgiuaux nuiaxis. Hampukian, reHu caxapos3oCHWHTa3W Ta (pepMeH-
TiB IVIIOKCHUJIATHOTO ITUKJY PEIpPEeCcyThCS TJIIOK030I0, ajie aKTUBY-
orbea SnRK1.

IIporeinkinasu poauau SnRK2 y ¢isiosoriuno onTumaabHUX
yMoBax iHTiOyroThCcsa cuenudpiuaumu docharazamu 2C. Ilix Bmam-
BOM PisHHX abioTMUYHHX CTpeciB pempecis 3HiMaeTbCs ILIAXOM
imaxkTuBaiii ¢gocparas. Mimenamu SnRK2 e, manpukaanm, TpaH-
CKpUNIiliHi (paxkTOpHU, IO pPerynanlTh akTuBHicTb ABK-zanex-
Hux reniB. I[Ipuxkaamom SnRK2 kinasum € 42 k][l 6imox NtOSAK
(Nicotiana tabacum osmotic stress-activated protein kinase), Bu-
SABJIEHUHN Yy KJITHHaX TIOTIOHY.

PeuenTtop-nogioHi kiHasn

Pemenrrop-moni6ui ximasu (receptor-like kinase — RLK) y poc-
JUVH IIpEeJCTaBJieHl y BeJWKi#d pisHomaHiTHOCTI. Bei BOHM MamTh
CXOJKY CTPYKTYpPy Ta MexaHisMm axTuBallii. PemenTop-momi6oui Ki-
Hasy IMepeBa’XKHO € MOHOMEPHUMH! TpaHCMeMOpaHHUMHU OiTKamwu,
AKi ImepeTMHAOTh MeMOpaHy OAWH pas. 3HaUHi BiAMiHHOCTiI BUSB-
JAIOTHCA B €KCTPAKJIITUHHOMY pelleNTOpHOMY AoMeHi kinas. Pos-
Pi3HAIOTHL 4 OCHOBHI I'pynu pelenTop-momibHUX KiHas:

1) LRR-rpyma;

2) S-momeH rpyma;

3) JeKTuH-TMOAiIOHWII JOMEH rpyma;

4) EGF-rpymna.

¥ pocaun Arabidopsis TaKoK BUABJIEHO AeKiJbKa PEIENTOP-II0-
Ii0HUX Kimas, 110 MaloTh CIeIru@iuHi CTPYKTYpHI 0CcOBJIMUBOCTI, AKL
He I03BOJIAIOTH BiTHECTHU IIi MOJIEKYJI A0 OAHiel i3 BKazaHUX T'PYII.

LRR-rpyna. ExcTpakiaiTuHHUN Jirana-3B’sa3yl0Uuuil JOMeH pe-
IenTOP-MOoAiIOHUX KiHas Iiel rpynu BKJOUAE TaHAEMHU 0araTbox
JednnH-30araueHnX MOBTOPiB. Hampukiam, pementop OpacuHOCTEPO-
inis BRI1 mictuth 24 neiinuu-s6araueni mosropu (LRR). LRR pos-
TAIIOBAHI MOCIiJOBHO OAWH 3a ogHUM, i Tineku Mixk 20 i 21 LRR
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posTalioBaHa OiIgHKA, AKY HAa3WBAIOTh ocTPiBHUM momeH — ID (is-
land domain). Oguu i3 mefninosux moBTopie — LRR21 — Bigpis-
HaeTbed Bif immmx LRR HesBuuailnuMm MeTioHiH-30arauyeHUM IIOB-
TopoMm. [linsgHKA, 10 CKJIAAAEThCSA 3 94 aMiHOKUCJIOTHUX 3aJIUIIKIB,
1o BKJOUYae octpiBHUil fomeHn i LRR21 (ID-LRR21), inenTudiko-
BaHUU SK OpacHMHOCTepPOin-3B’as3yrounii caiit. MexaHisM aKTuBaIlii
BRI1 omucano B posgini «PemenTop-momioui KiHasm».

Kpim pementopa BRI1, go cepun/TpeoninoBux LRR-peren-
TOP-MOLIOHNX KiHas HajleKaThb PelelToOpPr IeNTUIHUX PeryJsaTopiB.

CLV1 (CLAVATA1l) — penenTop mentugaoro peryaaropa CLV3.
CLV1 Gepe yuacTh y MexXaHidMi, 3a JOIIOMOIOI0 SIKOT'O BCTAHOBJIIO-
€ThCsS Ta HiATPUMYETHCS OajlaHC IpoIleciB mmpoJridpepariii Ta aude-
peHIiamii kaiTuH amikaabHUX MepucTeM credsaa. 3B’ asyBanusa CLV3
iz CLV1 npuBOoauTL A0 iHTiOyBaHHSA BiATBOPIOIOYOrO IIOALNY KJIi-
TUH i CTUMYJIIOE Tpoliec maudepeHIriaIii.

SR160 — pemenTop cucteminy Tomara TomSys. CucreMiH BUKO-
HY€ KJIIOUYOBY POJIb ¥ PEaKI[il POCAMHU Ha BILJIUB CTPECOBOTO UMH-
HHUKa, akKTUBYIOUHN MPOAYKIIiI0o MOOiIbHOTO (haKTOpa, AKuil 3abes-
euyye PO3BUTOK CHUCTEMHOI CTifKOCTi.

S-momeH rpyna. 30BHIITHbOKJIITUHHUN JOMEH PEeIenTop-momio-
HUX KiHa3 S-IoMeH rpynu OJM3bKUNA 3a CTPYKTYPOIO TUIIKOIPOTEIHY
S-mokyey (S-locus glycoprotein — SLG) pocaun poxy Brassica.
g S-moMeHy € XapaKTepHOI HAasSBHICTh KOHCEPBATUBHUX IIHCTE-
iH-sbarauenux mMoTuBiB. IIpocTopoBa CTPYKTypa IIUX ITOMEHIiB cTa-
0iyizyeThbCcsa MIIAXOM YTBOPEHHSA AUCYIb(iTHMX 3B A3KIiB MixK 3a-
JINIITKAMY KOHCEePBATHUBHUX ITHMCTEIHiB.

Opuum i3 mpencraBHuKiB 1iel rpynu € perentop SRK (S-locus
receptor-like kinase) Brassica, 1o 6epe yuacTh y MexaHidMi camo-
HecymicHocTi. CucTemMa caMoOHECYMiCHOCTiI pocuH 3abe3meuye pos-
Hi3HAaBaHHS Ta BiATOPTrHEHHS MHUJKY OJM3bKOCIOPiIHEHUX iHIWBIi-
niB (y Tomy umciai i cBoei BiacHOi) mpu momajaHHi i1 Ha pUIbIe
maTouku. 1l BiacTUBicTh cripusie 3amobiranHio 0JM3bKOCIOPiTHe-
HOT'0 CXPeIyBaHHA Ta IIiATPUMIl BHYTPIiIIIHLOBUAOBOTO M€ HETUUHOTO
pisHomasiTTa. Jliraggom SRK e nmentupuuit peryasarop SCR/SP11
(S-locus cysteine-rich protein/S-locus protein 11). Camonecywmic-
HIiCTh KOHTPOJIIOETHCS OAUHUYHUM MYJIbTHAJIEIbHUM JIOKYCOM, AKUHI
Ha3WBAETHCA JIOKYCOM CTEpUJbHOCTI (S-10Kyc). ¥ cucremy camo-
HecymicHocTi Brassica BxoauTh Takoxk riaikomporein SLG, omHak
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3HAUeHHsS IILOro 0iKa B MexXaHisaMi HecyMmicHOCTi Hes3’scoBaHO.
Y pocaun Arabidopsis thaliana BUSBJIEHO TPU PEIENTOPHONO0HI
KiHasu S-moMeH I'pyId, IpPOTe A0 CHUCTeMU CaAMOHECYMiCHOCTi BOHH
He MAalOTh HiAKOI'o BiJHOIIIEHHS.

JIeKTUH-TIONiOHU TOMEeH rpyna. EKCTpakJiTUHHUNA JOMEeH IUX
pelenTop-nogiOHMX KiHAas3 3a CTPYKTYPOIO HAJEKUTh N0 JIEKTUHIB
00060BUX i MeKTuH-moxiOoHOTO 6inKa Arabidopsis thaliana Lec2. Ile-
penbauaeThCcs, IO PelenTopH Iliei rpymnu moB’A3YIOTH oJiirocaxa-
PUAM — MOPOAYKTH PYHHYBaHHS KOMIIOHEHTIB KJIiTHMHHOI CTiHKH,
CIPUUYMHEHOTO [i€l0 IIaTOTeHHUX I'pudiB.

EGF-rpyna. ExkcrpakaiTuaaa vactura mosiekysa EGF-rpymnu
MiCTUTH IIOBTOPH, SAKi € XapaKTepHUMU IJd elliJfepMalbHOTO PocC-
ToBoro (axropa (EGF) ccaBiiB. 3HaueHHS peIenToOp-MOmiOHUX Ki-
Hasd EGF-rpynu y pociaue He Bimomo.

MAP KiHa3n

Y kiaiTuHax TBapuH i rpubiB BUABJIEHO Ta 0XapaKTEePU30BAHO
Kinasmu, 10 GOpMyIOTh KacKagHi peryasaTopHi cuctemMu (abo Mo-
noyiai). Ix HasuBAOTH MiTOTeH-aKTMBOBAHMMM IIPOTeTHOBMMH KiHa-
3amu Ta mosHauaioTb MAPK (mitogen-activated protein kinase)
abo MPK. KinasHi Kackazm BKJIIOUAIOTh TPHU (pifine wotupwm) Ki-
Has3u, AKi mocJigoBHO (hochopmIoTh ogHa onHy. MoayJuri mpario-
otk vy HanpamMky MAPKKK — MAPKK — MAPK. Kinagy, aka
samukaioe xackan (MAPK), ¢pochopunioe Kinasa MAP kimasu
(MAPKK), sixa, B cBOIO uepry, ¢ochopuIoeTbcs KiHa3oo Kinasu
MAP xinasu (MAPKKK).

Vei kiHasm KiHA3HOTO KacKaay MalOTh aJbTEPHATUBHI MO3HAa-
YeHH:

MAPK (MAP kinaza) — MPK;

MAPKK (kinaza MAP kinazu) — MAP2K, MEK a6o MKK;

MAPKKK (kinaza kinasu MAP kimasu) — MAP3K, MEKK.

fAxmo B Kackazi Oepe yuacTh ueTBepra KiHasa, agxka dochopu-
aroe MAPKKK, ii HasuBaroTh KiHa3o0r KiHasu kimasum MAP Ki-
masu — MAPKKKK, a6o MAP4K.

Binpmricts KiHa3HMX KacKaliB y TBapWH aKTUBYIOTHCA Yepes
maii G-6inku, aki B8 GTP-3B’as3awiit (aKTUBHIN) hopMmi Gesmocepe/-
HBO B3aeMogifoTh 3 MAPKKK (a6o MAPKKKK).
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VYV pocauHHUX KJIiTHHAX igeHTH(@iKOBAaHO KiHA3M BCiX TPHOX IIif-
POAVH CTaHIAPTHOrO MOAYJA. ¥ FeHOMi apabuaorncuca, HAIIPUKJIA,
Buasiaeno 20 MAPK, 10 MAPKK i 60 MAPKKK. Barato 3 mux
reHiB OyJiM KJIOHOBaHi. 3a JOIOMOroO0 KiHasHUX KacKaIiB peryJio-
€ThCsS aKTUBHICTH 0araTboxX (PpyHKIIOHAJbHUX OiJIKiB, y TOMY UMCJIL
depMeHTiB i TpaHCKpUNIiiitHUX (haKTOPiB.

PocinuHi KiHasu MalOTh KOHCEPBATUBHI CTPYKTYPH, XapaKTepHi
I aHaJorivHmx Kimas TBapuH i rpmbiB. MAPK wmicTtaTs MoTuB
Thr-X-Tyr y «T-merai», AKy TaKOXX Ha3WBAIOTh CEIMEHTOM AaKTH-
Barii. [lna axruBaiii MAPK HeobximHe dochopuirtoBanHA Tpeo-
HiHy Ta TUpPO3WMHY B cermMeHTi akTuBairii. I[to peakiiro Karasiszye
MAPKK — xkinasa mupokoi cmemudiunocti. MAPKKK docdo-
puiaoe y moaexkyyai MAPKK zanumiky cepuHy abo TpeoHiHy, AKi
€ KOHCEePBATUBHUMMU [AJIsI POCJIUH.

KimasHi Kackagu aKTHUBYIOTLCS OaraTbMa 30BHIIIIHIMU CTHUMY-
JaMu Ta ropMoHamu. IIpu momaBaHHI ayKCHMHY B KYJBTYPY KJIi-
tuH TIOTIOHY MAPK axkTuByBajsmacsa uepes I’ATh XBUJIUH. ¥ JH-
CTi TIOTIOHY Uepes3 XBUJIUHY IIicJd IIOpaHeHHs Oyjga aKTHUBOBaHA
onua 3 MAPK — WIPK (wound-induced MAPK). ITokasauo Ta-
Ko, mo WIPK zanyuaerbcsa gm0 akTuBallili (pepMeHTIB OKTameKa-
HOIIHOTO NMIAXY (CMHTE3y KaCMOHOBOI KMCJIOTH).

Y mporomiacTax KJITHH ajielipoHoBOro Iapy sumenio MAPK
aKTUBYBaJacAd a0CIIM30BOI0 KMCJIOTOI Ueped XBUJIUHY. ¥ JIUCTI KO-
HIOIIIMHY aKTUBAIlis IIbOro (pepMeHTy BigOyBajacs I BILIMBOM pi3-
HHUX CTPECOBUX BILJIMUBiIB (XOJOMOBUIH INIOK, 3HEBOJHEHHS, IIOIIKO-
mxeHHs1) 60e3 yuacti ABK.

BaxiuBoro ocobauBicTio Oimbmrocti Bimzomumx MAPK e Te, 1o
aKTHBAIliA 1UX (pepMeHTiB € KopoTKouacHoto. Ile moB’A3aHO 3 TUM,
m1o npu aktuBailii MAPK cTuMyTi0eThCs TPAHCKPUIIIia crerudiu-
Hux MAPK docharas moasiiinoi cumemudiunocTi, ki medocdopu-
gt MAP kimasu Bcix piBHIB.

LUukniH-3anexHi KiHa3un (CDK)

HMuxknin-samesxui xkimasu (CDK — cyclin-dependent kinases)
i MUKJIiHU OyJaM CIIOYATKY BiAKPUTI AK KJIIOUYOBI PeryaATOPU KJIi-
TUHHOTO ITUKJY, 3BiKU I oTpuMaJu CBOIO Ha3By. Pasom 1i Ginku
KOHTPOJIOIOTEH IIepexin mo cuHTeTHuuHOoi (asum a6o murosy. OmHaAK
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He BCi IUKJIiH-3a/IeKHI KiHasyu MaioTh BiJHOIINEHHS OO PeryJIsailii
KJITHUHHOTO IIOAiTy.

Hurrin-sane:xkHi KiHasu APisKIKIB i ccaBIliB € HeBeJIMKUMU 0iJI-
kamu (6sm3bpK0 34 K]l) i ABIAIOTH cO00I0 MiHiMaNbHUN KiHa3HUE H0-
MeH. Y BiJIbHOMY cTaHi ITi OiJIKK € KaTaJiTHYHO HeAKTUBHUMM Ta Ha-
OyBalOTh KiHa3HOI BJIACTHBOCTI ITic/is 3B A3yBaHHA 3 IUKJIHAMMU.
BasxkamBa 1y B3aeMofii 3 MuUKJIIHAMU TiJIAHKA MiCTHUTh KOHCEpBa-
tuBHy nociigoBHicTh PSTAIRE. BinbIricTh MUKIiH-3a/I€KHIX KiHas
BUKOHYIOTH YMCJI€HHI poJIi, Ta iXHA (DYHKI[iOHAJbHA aKTUBHICTHL 3a-
JIEXKUTDH BiJ TOro, 3 AKMMU IUKJiHAMI BOHU OYyIyTh aCOI[ilOBATHUCS.

Hurainy Ta MUKIiH-3aJI€KHI KiHA3W CUHTE3YIOThCS Ta Ierpany-
IOTh y MIEeBHi IIepioan KJIiTHHHOIO IIUKJY. Y TBOPEHUI reTepoguMep
mukJaiH-CDK 111e He € aKTMBHUM 1 BUMarae IOJaJIbIIOl aKTHUBAILil
nuraxom hochopunioBanua/nedochopunoBarua. [[ukrin-sanexHi
KiHasu MaloTh ABi OCHOBHUX MiJMAHKHN (hocPOpPUIIOBAHHSI:

1) BaguiIoK TpeoHiHy B akTtuBaiiiiuiii T-mersai ¢gochopuaoerses
nuKIiH-akTuByiouoio KiHasoio (CAK — cyclin activating kinase);

2) sanuinok TupoduHy B mocaigoBHocTi GXGXYX dochopuirio-
€ThCA iHITOI0 KiHa30i0 (HaOpuKJIaL, y APisKAMKIB, 110 AiIATHCA,
moxiObHui epMeHT HasuBaeThcad Weel).

Axmro ¢dochopuaoBaHHSA TPEOHIHY € HEOOXiTHMM IJs aKThBa-
nii CDK, To ¢ochopunioBaHHA TUPO3UHY, HaBOaKM, iHrioye ¢ep-
meHT. [Iyia ocraTouHol akTUBAI]l MUKJiH-3aJIe;KHOI KiHasu € Heoo-
XiTHOIO aKTUBHICTH (pocdarasm, AKa Bigmiemaoe GocharHy rpyny
Big Tmposuny (y ApiKmKiB, 1o minareca, — 1e CDC25).

TakuMm yMHOM, IUKJIiH-3aJ€KHI KiHAa3W aKTUBYIOTLCA y Je-
KiJbKa eramiB:

1) acomiamisa 3 mukJaiHamMu (el eTanm KOHTPOJIOETHCA Ha PiBHI

TPaHCKPUMILii);

2) dochopunoBaHHa IiIAHOK aKTuUBaIlii (TpeoHiH) Ta iHriOyBaHHA

(TuposuH);

3) nedochopuaoBaHHS (HOCHPOTUPO3UHY.

Y pocaun Arabidopsis thaliana BusBieHO 2 Te€HU, IO KOAYIOTh
OuKJIiH-3aexH]l Kinasu — CDC2a i CDC2b. Oxgra 3 mux, CDC2a,
mictutrs motus PSTAIRE, akuii moBHicTIO BigmoBizae amajgoriumii
mocuizoBHOCTi v Kinmasu CDC2 mpimmxis. ¥V moaexkyai CDC2b meit
MOTHUB Biapisuaerscsa aBoma aminokucaoramu: PPTALRE. Ilepmia
Kinasza 3 mociizoBHicTio PSTAIRE excipecyeTbes IPOTATOM yChOTO
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KJITUHHOTO ITUKJIY, ToAi AK iHma (3 Bapiantom PPTALRE) — mpo-
TSATOM OOME’KEeHOI'0 TePMiHY MiXK CMHTEeTUUYHOIO (pa3oio Ta MHUTO30M.

Y pocaunax Arabidopsis thaliana BusBJI€HO Ta KJOHOBAHO Ta-
Kok CDK-akTuByrouy kinasy, 10 nmukiainis A/B tumy, mio 6epyTsb
yuacts y peryadarnii mepexony G2—S, i Tpu nmuriainy D tumy (pe-
rynamnia nepexony G1—M).

KaseiHoBi KiHa3u CK1 i CK2

IBi migpoamau KaseinoBux Kimas (casein kinase — CK) Gynau
BUSBJIEHI 3a IXHBOIO 3MaTHICTIO (pocopuIoBaT MOJOUHUM OiIOK
kasein. CK1 i CK2 sHauHO BigpisHAIOTHLCA OAHA Bif ommoi 3a amiHO-
KMCJIOTHOIO IIOCJIiJOBHICTIO Ta IIPOCTOPOBOIO CTPYKTYPOIO, ajie, TUM
He MeHIIle, MaloTh AedKi cxoi BimactuBocti. Kinasu o6ox migpomuw
dochopuI0Th 3aMUNIKY TPEOHIHIB i cepmHiB 0indg Kucaux mijsa-
HOK aMiHOKMCJIOTHOI'O JaHIlora. PisHUIA mosiArae B Tomy, 1o CK1
Bimmae mepeBary OiAgHKaAM, y AKUX KHCJII aMiHOKHCJIOTHM 3HaXO-
IATbCA BiTHOCHO cepuHY/TpeoHiHy 3 N-KiHIIeBOrOo GOKY B II0JIO-
skerni P—-3, a CK2 i3 KapOoOKCUKiHIIeBOTO — Yy MOJIoKeHHI P+3.

BBamxaeTbes, mo aktuBHicTs CK1 i CK2 He mepebyBae min pe-
TeJbHUM KOHTpoJeM. MabyTh, Ii KiHasu 3a0e3meuyioTh KOHCTUTY-
TUBHUN 0asadbHUIl piBeHb (OCHOPUIIOBAHHA, a PEryadAllid 3maiiic-
HIOETHCS 3a PAaXyYHOK aKTHUBHOCTI mpoTeiHoBUX (ocdaras.

Kimasu CK1 ¢ moHoMepHuUMHU OiaKaMu. Y HHUX OOCTATHBLO IIIU-
POKUl CIeKTp cyOCcTpaTiB in vitro, ajge B GiIBIITIOCTI BUIAaAKiB (oc-
¢dopuaOBaHHA He MPUBOAUTL M0 3MiHM aKTHUBHOCTI cyOcTpary.

dyukiii CK1 He 3’sacoBani, ale, K IOKasye MyTaliinuii aHa-
JIi3, 11 KiHasy MaoTh HaA3BUYAMHO BAYKJINBE 3HAUEHHS B JisJILHO-
cti kaiTur. Ha gpiskmsxax mokasaHo, 1o geserrii gBox remiB CK1
(YCK1 i YCK2) e¢ neranbuuMu, a nopyiienas rema HRR25 npu-
BOOUTEL 0 rimepuyrauBocTi mo mii JTHK-TOIMKOAMKYIOUNX areHTiB.
Tob6To, mponyxkT rena HRR25 Gepe yuacTh y MexaHizMax pemapa-
uii THK. ¥V renomi Arabidopsis thaliana BuABIE€HO II’ATH TEHiB,
o KoxayioTh isodopmu CK1l. Crpyxrypa CK1 pocimH € moai6HOIO
mo CK1 ccasiiis.

Kimasu CK2 ccaBIliB iCHYIOTH IIepeBaskKHO y (opMi TeTpamepy
a.b, 1 MaroTh He3BUYANHY IJ1d KiHad ocobauBicTh: pazom 3 ATP BoHU
BUKOPHCTOBYIOTH Takok GTP. CybomumHUI a € KaTaliTUUYHUMH,



168 MEPEJAYA CUTHANY BCEPEAUHI KITUHN

a b BUKOHYIOTH PETryJSITOPHY POJIb — MOJYJIOIOTh aKTUBHICTH Bij-
HOCHO meBHUX TuiriB cybcrpary. Cepen wmimreneit CK2 y ccasiiB
e IHK-3B’a3ytoui 6inku, Hanpukaan pbd3, i Tomoizomepasa II. Ax-
TuBHicTsE CK2 moB’sa3y0Th i3 BCTAHOBJIEHHAM KJITHMHHOI IIOJISP-
HOCTi Ta GPYHKI[IOHYBAHHAM KJIITHHHOTO IIUKJY. IlopyIllleHHS ABOX
rexiB CK2 y Saccharomyces cerevisiae (CKA1l i CKA2) maroTh Je-
TAJIbLHUN XapakxTep.

Y Arabidopsis thaliana BuaBieHo ABi i3odopmm KaTamsiTHIHOL
cybommuuili a i a1Bi — peryaaropsoi b. ¥ riaitunax CK2 mpucyruiit
y MmoHOMepHU dopwmi (a) i y Buraani rerpamepa (a,b,). Sk i y ccas-
nis, CK2 pociaun dochopuiioe cepuH, GpIaHKOBAHUN KUCIUMU
aMiHOKMCJIOTHUMHU BaJUINKamMu, i Bukopuctosye ATP i GTP.

Poauna GSK3/Shaggy

GSK3-monibHi KiHa3u CTaHOBJATH I'PYIy BUCOKOKOHCEPBATUBHUX
KOHCTUTYTUBHO AKTHUBHUX CEPUH-TPEOHIHOBUX KiHas, AKi 0epyTh
y4acTh y YMCJEHHUX CUTHAJBHUX ILJIAXAX, 3 JOMOMOTOI AKUX pe-
TYJIIOEThCA MeTaboJIi3M i po3BUTOK KJiTHH i TKanuH. OguH i3 dep-
MEHTIiB CCaBIliB, AKi 6ePyTh yU4acTh B iHCYJIiH-3aJIEXKHOMY MeXaHisMi
CUHTe3y TJIiIKOreHy, KiHasa ruikorencmHrasu-3 (glycogen synthase
kinase-3 — GSK3) € ro1oBHUM IpPeNCTaBHUKOM ITiel pOAUHU KiHAa3
i mae iftomy HasBy. AKTuUBHicTh TBapmHHOI GSK3 perymtoerbcsa doc-
dopuroBanuaM. IIporeinkinasa B imaktuBye GSK3, dochopuio-
IOUY CePUHOBUM 3aJIUINOK B aMiHOTepMiHaJIbHOMY AoMeHi. I'omoJio-
riuna Kimasa Drosophila melanogaster, mponyKT reHa shaggy/zeste-
white 3, € Heob6ximHOIO A KOHTPOJIIO MPOIECIiB PO3BUTKY.

Ho 1iel ponvHU HaJMEKUTh pocanHHa KiHasa BIN2 (Brassinos-
teroid Insensitive 2), mo 6epe yuacTh y OpacHHOCTEPOITHOMY CUT-
mami. BIN2 mae 70% romouorito i3 GSK3. Haiibinbiia cxoicThb
BUABJIAETHCA B 0o06JiacTi KatagiTnuHoro nomeny. ¥ Arabidopsis BIN2
HaJeKUTh 00 10-uleHHOI POAUWHU, IO BKJIOUYAE YOTHUPH (hioreme-
TUuHi miarpynu. Bei BOHU MaioTh BUCOKOKOHCEPBATHUBHI CepUH-TPe-
OHiHOBIi KiHa3Hi momeHHU, ajie po3pisHaOThEeA N- i C-TepMiHATLHUMU
minaaxamu. GSK3-momibui kimasu B Arabidopsis masuBaioTh Ta-
Kok AtSK (Arabidopsis thaliana Shaggy-like Kinases). ITokasaHo,
110 B PEryJAIlil OPacMHOCTEPOIAHOTO0 CUTHAJNY HAJINIIKOBO (DYHKILi-
ouyioTh Tpu AtSK migrpynu II: AtSK21, AtSK22 i AtSK23/BIN2.
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Kunaza AtSK23/BIN2 € HeraTuBHUM PEryJIATOPOM OpacuHOCTE-
POITHOTO CUTHAJBHOTO ILIAXY. BoHA (ochopuiaioe TpaHCKPUIITiliHL
peryaaropu BZR1 i BES1 — axkTuBaTopu OpacuHOCTEPOin-peryabo-
BaHUX rexiB. PochopunioBanua (paktopiB BZR mpusoaguTts mo ix-
HbOTO 26S-3anexkHOMYy mpoTeosidy. IledochopunioBanua ¢ochara-
3010 BSU1 inri6ye aktuBaicth BIN2 i mepempecye OpacmHOCTEpO-
iTHUN cuUrHal.

CTR1/Raf-nogi6bHa poanHa

Kimaszy CTR1 (constitutive triple response 1) 6yso imenTudi-
KOBAHO y POCJHWH AK CYTTEBUM CUTHAJIBHUN KOMIIOHEHT ETHUJIEHO-
Boro curnaiay. Ilopymienus reaa CTR1 i3 BTparToo (pyHKIii mpusBo-
IUTHh OO0 KOHCTUTYBHOI HMOTPifiHOI peakIlii mIpopocTKiB (raJbMyBaHHSA
POCTY PO3TATHEHHSAM, PiCT y TOBIIMHY Ta IiareoTpOomiuyHUil pict),
AKa IPOABISAETHCA HABITH y BiICYyTHOCTI TOPMOHY. 3a CTPYKTYPOIO
CTR1 e romosorom kinas poguuu Raf-1 ccasmiB. AKTUBHiCTD Ki-
nasu Raf-1 y TBapuaHuX KJIiTHHAX MomyaioeThesa Ras G-6inkom, a i
mimenuio € MAPKKK — mepmra kinasa MAP-KimasHoro Kackamy.
CurmaabHul MexaHisMm, B Akomy Oepe yuacth CTR1, smauno Bin-
pisasersca Bim Raf-1. Bymo moxkasano, 1110 aminoTepmiHaIbHa 00-
aactb CTR1 GesmocepeHbo B3aEMOMi€ 3 KiHa3HUM JOMEHOM eTHJIe-
HOBUX PEIIeNTOPiB (ricCTUAVMHOBUX PEIEeNTOPHUX KiHas), a MOHOMEpPHi
G-6imKHu 30BciM He OepyTh y4yacTi B eTHJIEHOBOMY curuaji. MiieHb
CTR1 me imenrudikosana. ITokasamo, 1o micaa CTR1 B eruseHo-
BOMY CHUTHAJi aKTHUBYeThcA 12-TpamcmemoOpanHuii 6imoxk EIN2, ro-
MOJIOTiUHUII ePEeHOCHUKAM ABOBAJEHTHUX METAJNiB, aje 4u (PyHK-
mionye kimasumit kackag mick CTR1 i EIN2, e Bigomo.

3.4.3. MNporteiHoBi pocdaTasu

IIporeinosi docharasu (PP — protein phosphotase), a6o ¢oc-
¢omporeindocharasu — depmenTu, aki gedochopuaioioTs Gocdo-
OpoTeinu, € (PYHKI[IOHAJIPHNMU aHTaroHicTaMu IIPOTEIHOBUX Ki-
Ha3, CHLJIBHO 3 SKUMHU 0epyTh ydacTb y pPeryadnii GyHKI[iOHAb-
HOI akTHBHOCTI KaiTuH. MexaHidamMu peryidarii akTuBHOCTi (ocha-
Tasd Ta iXHiX aHTAroHicTiB IpoTeiHOBMX KiHa3 MalTh, 3a3BUYail,
MIPOTUJIEKHY CIIPAMOBAHICTD.



170 MEPEJAYA CUTHANY BCEPEAUHI KITUHN

Knacudikauia pocdartas

dDochomnporeindocharasy NPUUHATO AIJIUTU HA TPU OCHOBHI
POAVHU, IO PO3PIBHAIOTHCA 3a cyOCTpaTHOIO crenudivHicTiO, Oi-
OXiMiUHUMU XapaKTepUCTUKaMU, aMiHOKUCJIOTHOIO IIOCJIiJOBHICTIO
Ta apXiTEKTYypOIO T'eHiB: ABi POAWHU CepUH/TpPeoHiHOBUX (hochaTas
(PPP i PPM) i poguna PTP, mio BKJIOYae TUPO3UHOBI (hocharasu
Ta (ocharasu nonBiliHOI crenmu@ivHOCTI.

Taomauna 2. Kiaacudikaiisa oCHOBHIX TPy POCIUMHHUX CEPUH/Tpe-
OHiHOBUX TIpPOTeiHOBUX (pocaTas

IMpusIIO

. T'pynn
KIacudikamii py

e aMiHOKMCJIOTHA IIO-
CJIimoBHiCTL KaTaJri- PPP PPM
TUYHUX CYOOOUHUIIH

e cyGcTpaTHA CIIEeIu-
¢iuHicTb, UyTIU-
BiCTh IO MENTUIHUX
inri6iTopin

PP2

PP1 KAPP
e BuUMOTI'a iOHiIB ABO-

BaJIEHTHUX MeTa-
JiB, cyOOAMHUYHUI
CKJIaf

PP2A | PP2B | PP2C

CepuiH/TpeoHiHOBI pocdaTtasu

ITpunanun noxiny cepuH/TpeoHiHOBUX (dochaTas 3a rpynamu
0yB pospobieHuit Ha mouaTky 1970-x pokiB i B0 chOTOMHI BUKO-
PHCTOBYETHCSA K OCHOBA cydacHOI Kjacudikarnii ganux ¢pepMeHTiB.

CmouaTKy cepuH/TpeoHiHOBiI (pochaTasm y TBapuH OyJaIu pPO3-
nmineni Ha mBa ocHoBHI kKJgacu (PP1 i PP2) srigmo 3 ixHBOIO CyO-
CTpaTHOIO cnenu@ivyHicTIO Ta YyTAMBiCTIO O iHriGiTOpiB. K CyO-
CTPATHUI «eTaJOH» BUKOPUCTOBYBAJIMW CyOOAMHUIII KiHasu (doc-
dopunasu ccaBiiB. @ochomporeindocharasu PP1 mepeBaskmo me-
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dochopunoroTs B-cydbonmuuirio, dochouporeindocharasun PP2 —
a-cyoonuaHnItio. Kpim toro, PP1 € uyTiuBuMHU [0 MeOTUIHUX iHTi-
6iTopiB, Bimomux AK iHribiTop-1 (I-1) Ta imri6itop-2 (I-2), a PP2
€ CTIMKUMU [0 HUX.

®ocharasu PP1 e rerepogumepamu, IO CKJIAAAIOTHCSA 3 KaTa-
aituuroi cybomuuuili PPlc i peryasaropnoi cybomuuuiii R.

docharasu PP2 craHoBiIATE pisHOMAHITHY Tpyiy, TOMY OyJ0
3aIIPOIIOHOBAHO MOMIJIUTH IX Ha TPU IIiAKJAcCH, BiAIIOBigHO @O Bij-
HollleHHA ()epMeHTIiB 10 ioHiB mBoBaseHTHuX MeraaiB (Ca%t i Mg?*).
Kpim Toro, masa KOKHOTO MiAKJAcCy € XapaKTepHUM IeBHUU cy0o-
OUHUYHUNA CKJA.

PP2A — 1e Tpumepu, SKi CKJIAJAIOTHCA 3 ABOX PETyJIATOPHUX
cybomumuunb (A i B) i oxmiei karamituunoi — PP2Ac. Hua mpo-
sIBY aKTHUBHOCTI (p)epMEeHTU He BHMAraloTb IPUCYTHOCTI ABOBAJIEHT-
HUX ioHiB.

PP2B — rerepomumMepu, CKJIAZAIOTLCSI 3 KATAJITUUYHOI Cy0OaM-
Huii A i peryasTopaoi B. AKTUByOThCA i0HaMHU KaJbIlilo Uepes pe-
ryaaropay B-uactuuky, aka mae Ca?'-3s’asyroui nearpu EF-pyxu.
IToBua akTuBaiisa gocharas PP2B tBapunH gocsaraerbcs Ipu 3B -
3yBaHHI KaJbIIMHOBAHOIO KaJbMOIYJIiHY.

PP2C — monomepHi ¢ocharasu. AKTUBYIOThCA ioHamu Mg2*,

Poguna PPP. BuBuenHsa aMiHOKHCJIOTHOI ITOCJIiZOBHOCTI KaTa-
JITHYHUX CYOOAMHUIL IIOKA3aJIo, IO KaTamiThuuHi gomenu ¢ocda-
taz PP1, PP2A ta PP2B mpexacrasieHi KOHCepBATUBHUMM IIOCJIi-
moBHOCTAMHU (6m3bK0o 280 aMiHOKMCJIOTHUX B3aJUIIKiB), AKi Ma-
I0Th BHCOKY CTyIiHb momiomocti — 40-60% . HasBHiCTE BHUCOKO-
KOHCEPBATHUBHOI'0 KAaTAJITUYHOI'O JOMEHY OyJIO HifCcTaBOO AJA 00’ €I-
Hauua ¢ocdaras PP1, PP2A ta PP2B B oguy pomuny PPP. Vci ¢oc-
¢arasu PPP e rereponosiMepanMu MoJeKyJaaMu. AMiHOTepMiHAIBHI
Ta KapOOKCUTEepPMiHAJbHI JOMEHHN KATAJITUUHUX CYOOAMHUIL HE0O0-
xXigHi aas ix acormiaiii 3 peryasaTopHUMU cyOOmUHUIAMU. KoskHa
imgumBigyanbHa KaTajdiThuuHa CyOONMHUILSI MOXKe 00’ €IHYBATHUCH
3 pisHUMHU izoopMaMU PEryaATOPHUX CYOOAUHUIb. Y Pe3yJib-
TaTi YTBOPIOETHCA IiINN PAJL X0J0(depMEeHTIB i3 pisHOMaHiTHUMU
BJACTUBOCTSIMU Ta JIOKajisalliero. Y peakIiiHOMY IIeHTPi Bcix
PPP sHaxomsaTbca MeTanu 3i 3MiHHOIO BajJIeHTHiCTIO, AKi € CyT-
TEBO BAXKJIUBUMU AJIA KaTaJXiTHUHOI aKTuBHOCTI. A KaramxiTmy-
Horo neuTpy PPlc, mampuraan, € xapaKTepHOIO HaABHICTH iOHIB
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Mn?" i Fe*"/Fe3", a nna PP2B — Zn?" u Fe?"/Fe3". IIi meranu Bu-
KOPHUCTOBYIOThCA (DepMeHTaMU AJA aKTuBaIlii MoseKyau Boxu abo
rizpoxcuii-iona. 3aBasaKu il ocobauBocTi ocdarasu poguau PPP
3IiMCHIOIOTh OJHOCTYIIIHUACTY peakiiiio gedochopunaioBanua 06es
(GopmyBaHHA (ochaT-(hpepMeHTHOTO ITOCEePEeTHMKA.

Poguna PPM. Vci mornomepni Mg2t-3ane:xHi cepuH,/TpeoHiHOBL
docharasu 6yau BigHeceHi mo pomumrHum PPM. OcHoBy 1iei rpymum
ckaagaioTh ginasu PP2C. Mounomepui PP2C ¢ocparasu He MaThb
romoiorii 3 ¢gepmentamu rpynu PPP. HesBakarouwm Ha I1e, Ipo-
cropoBi cTpykTypu PPP i PPM (ocdaras y miioMy € CXOKKUMHU.
ITocnimoBHOCTI KaTamiTHUYHUX JOMEHiB (ocdaras BcepeAuHi rpymnun
PPM wmatoTh oomesxeny romosioriio (20—-35%). Aminorepminanbmi
00JI1aCTi BUKOHYIOTh PETyJIATOPHY POJb i CIAYyKaTh IJs B3aEMOMiil
3 iHmuMu mMoJeKyiaamu. ¥ Karajditmunomy parioni PP2C smaxo-
IUThCA OIHYKJEeapHUU LEHTP, I0 MicTuTh aBa ioma Mn2*. Iledoc-
dopuroBanHsa cyberpary, Ak i y PPP, spificHioeThcs 3a mOIIOMO-
rol0 aKTHuBAIlil MOJIEKYJIM BOAM B ONHOCTYIiHUacTiii peakxiiii 6es
(GopmyBaHHA (ochaTr-(hpepMeHTHOTO ITOCEePEeTHMKA.

Hosi rpymu docdaras. Tepminanpai 06s1acTi MOIEKyIN POCIUH-
HuxX (gocdaTras yacTo IpeacTaBIeH] YHIKAILHUMU IIOCJIiJOBHOCTAMU,
AKI MOKYTh OyTH XapaKTepHUMMU AJA BY3bKOI Ipymnu (epMeHTiB,
a JedAKi MOTUBU — THUIIOBUMU AJdA (ochaTas POCJUH, IO HAJIEKATD
0 IeBHUX TAKCOHOMIUHUX rpyn. ImeHTHU(iKaIiisg mux IociigoBHO-
cTeli MO3BOJIMJIA POSIIMPUTHU CTAaHAAPTHY KJaacudikaiiiro docdaras.
Kpim rpyn PP1, PP2A ta PP2B, no pomuuu PPP 3apas BigHOCATH
MOpPiBHAHO HegaBHO BuUABJIeHI (Qocharasu PP4, PP5, PP6, PP7.

TuposuHoBi pocdaTasn

Y TBapumHHUX OpraHiamiB TMpos3uHOBi (ocharasu nmpucyTHi
y 3HaUHIi# KiJIbKOCTi Ta BUKOHYIOTh iCTOTHY PEryJsTOPHY POJib, Oe-
PYyYU y4acTh ¥ KOHTPOJII TAKMX BaYKJIMBUX IPOLECIB, AK 3POCTAHHA
Ta mpoJideparia KIiTUH. ¥ TeHOMi JIOAWHU HaNiUuyeThCA OijbIie
100 rewnis, mo xoxyioTh PTP. BignocHo cybcTpaTy, Ha SKUN COps-
MOBaHa KaTaJiTHUYHA aKTHUBHICTH (pepMeHTiB, TUpPO3UHOBI (ocda-
Tasm MOAiNATh Ha TuposduH-cuernudiuni (PTP) i docharasu mo-
nBitinoi cmenmdiunocti (DsPTP), aki gedochopuiaooTs He TiabKU
dochoruposunu, ange i pochocepuH/dochoTpeoHiH.
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Pomunau tuposunoux ¢pociparasz PTP i DsPTP maioTsr HesHAUHY
TOMOJIOTiI0, IPOTe y HUX € PAN IMPUHIMIOBO CXiTHUX CTPYKTYP-
HUX XapaKTEePUCTUK.

ITo-mmepire, moseKkyau (ocdaras, He3BAKAIOUN HA HUSBKY CTY-
OiHb CXOYKOCTi aMiHOKMCJIOTHHX IIOCJiZOBHOCTEH, (hOPMYIOThH IIPO-
CTOPOBO IOAIOHI KaTamiTuuHi JOMeEHH.

ITo-gpyre, B KaTadiTuyHOMY IIeHTPi (hepMEHTiB 3BHAXOAUTHCSI MO-
B (V/I)HCXAGXGR(S/T)G, AKuil MicTUTH 3aJIUINOK ITMCTEiHYy,
HeoOXimHmuii nasa yTBopeHHS (ocdaT-GepMeHTHOTO IIOCEePeTHUKA.
ITeir mucTein 3aiiMae MOJIOMKEHHSA, ONTUMAJbHE AJA HYKJIEO(Misab-
HOI aTtaku QocdarHol rpynu. BiH 3HaX0AUTHCA B VIIEJUHi, B AKY
npoHuKae GpochopuIboBaHU aMiHOKHCJIOTHUN 3aJIUIIOK IIPU B3a-
eMonii pepMeHTy 3 CyOCTPaTOM.

ITo-TpeTe, mOCIIiIOBHICTS 30BHIIIHLOI 00JIACTi KATAJITUUYHOTO J0-
MeHy, sSKa BU3Hauae cyocTpaTHy cuenudiuHicTs hepMeHTIB, € xa-
PaKTEpHOIO AJIA BCiX THpo3uHOBUX (pocdaras. [IpumiTHO, 110 ¥ HAa-
Hi#t objacti momekyau DsPTP He marors HissKOoi romoJorii i3 ce-
puH/TpeoHiHOBUMHE (ochaTaszamu.

Crnenudiunicts (ocdaras 3ajJeXKUTh BiJ TBOX 0COOJIMBOCTEMH
cyocTpary:

e HaABHICTh (poCcPHOPUIBOBAHOTO AMiIHOKUCIOTHOTO 3AJIUIIKY;
e [IOJIOYKEHH A, sAKe 3aliMaec Iell 3aJHUIIOK, abo, iHIIMMU CJIO-

BaMu, — (PJIAaHKYIOUi IIOCJIiJOBHOCTI.

ITocaizoBHOCTI 30BHINIHBLOI 00JIACTi KAaTATITUYHOrO JOMeHY (doc-
daras ymisHaOTHL MOBEPXHIO cyOcTpaTy (ImMOcJimoBHOCTI, 1m0 iaH-
KYIOTb (QocHOopMIbOBAHUN BaJUIIOK). ['TnOMHa yIeauHu, y aKii
3HAXOAUTHLCS MOTHUB 3 iCTOTHMM 3aJIMIIIKOM I[MCTeiHy, BiAmoBimae
IOBXKUHI (PochOpUILOBAHOTO BAJUIIKY cyOcTpaTy. Y THUPO3UH-CIIe-
mupivanx Qocdaras rIuOUHA IIJIMHNA B KATAJTITUYHOMY IEHTPi Bia-
OBiae MOBXKUHI 3aMUIIKY (POchOTUPO3IUHY, TOAI AK 3aIUMIKU (oc-
¢ocepuny i dochoTpeoHiHy € 3aHaATO KOPOTKUMH, IIT00 B3a€MOi-
ATU 3 IMUCTeiHOM. 3 Iiel IPUUYNHN THPO3UH-cuenudiuni docdarasu
nedochopUIITh TIMIBKKU 3aIUINKN (GochoTuposuny. Pocharasu
noaBifiHoi cmemudiuyHOoCcTi GOPMYIOTh KaTaJiTUUYHY HiJINHY MeEH-
mioi raumbuHN, TOMY IPU HASBHOCTI BiANIOBIZHMX IIOCJIiZOBHOCTEI,
10 OTOUYYIOTH (hOCHOPUIBLOBAHUN BaJUIIOK, IIi (PePMEHTU MOKYTHb
s3aificaoBaTu gedocOpPUJIOBAHHSA He TiJAbKU 3aJHUINKiIiB (docdo-
THUPO3UHY, ajie TaKoxK (ocdocepur i ¢ochorpeonin. BrakaioTs,
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o ¢ocdarasu moAaBiiHOI cmemudivHOCTi € yciueHOI0 Bepciero Tu-
posuH-cuenudiuaux ¢ocdaras.

PocnuHHi pocdartasm

PisHomaHiTHicTb pocinHHux pocdartas

VYV pocauH BUABJIEHO OiJbIIicTh OCHOBHUX Pyl (poctaras. Ilpu-
yoMmy HaOip i cuiBBigHOIIEHHA (pochaTas y POCIAUH i TBAPUH 3HAUHO
BifmpisHsAeTbCcA. 1A pPOCIUH € XapaKTEePHUM iCTOTHE mepeBasKaHHS
moHOoMepHUX (ocharas. Hampuriaan, yv remomi Arabidopsis imen-
Tu(dikoBaHo 7 reHis, 110 KOAYIOTH KaTaimiTuuHi cybommuuii PP1,
6 remiB Karamdituunux cyoomuHuinb PP2A i 70 renis PP2C.

I3 romoBaux pomur PPP y pociaun Oynm imerntudikoBaHi ¢doc-
¢arasu PP1 i PP2A. Karanituuni cyoomunuii PPlc O0yinu KiIoHO-
BaHiI, a PeryjaATOpHi cyOONWHMUIlI, HEe3BaKaloUW Ha Te IO aKTUB-
HicTh docdaras PP1 acorjiroeTbcsa 3 BeIUKUMU OLIKOBUMM KOMII-
JeKcaMM, IIOKU He BUABJeHi. ['eHn KaTamiTuuHUX i 000X peryasarop-
HuX cyoomuHuIb Gocharasu PP2A O6ynau imenTudikoBaHi Ta KJjo-
HoBaHi. Perynaropui cybomunumni A i B pociuaanx PP2A maoTs
70% cxO0KicThb 3 TBAPUHHUMU I'OMOJIOTAMU.

Axrusnicts Ca’"-zanexxanx PP2B-nozi6aux ¢ocdaras y poc-
JUHHUX TKAHWHAX TAaKOyK OYJIO 3apeecTpoBaHO, ajie I'eHiB, 0Ju3b-
KHX 10 reHiB cybomuHUIlh Gocdosrinas PP2B TBapus, y pOCIMHHIX
resoMax He BuUaBJeHO. Ilepenbauacrtnes, mo Ca?'-zanesxni ocda-
Ta3W POCJUH MAIOTh VHIKaJbHI POCIMHHO-CcIenu@MiuHi mocaimoBHO-
CTi Ta B3a€EMOiIOTh He 3 KaJbMOJYJIiHOM, a 3 KaJbIluHelpuH B-10-
mioummu Ginkamu (muB. posgin «Kasbiiii-sanesxHi mporeinosi Ki-
Hasm»). Auaiis remomy Arabidopsis moxasye TaKoK HasIBHICTH iH-
mux (ocdaras poguau PPP: PP4, PP5, PP6 i PP7.

dDocparasu PP2C y pociauu mpejcTraBjieHi B 3HAUHO OLIBIIIOMY
posmaiTTi, HisK B inmux eykapioris. I1i epmMeHTH MaiOThL HE3HAUHY
cxoxkicte 3 PP2C tBapun i rpu6iB (20—35%). AmiHOKiHIEeBi He-
KaramgiTuuri obaacti moserya pociaunHHuXx PP2C mamsBuuaiino pis-
HOMAHITHI Ta IIpeAcTaBJIeHI POCANMHHO-CIeUu(piuYHIMU IOCTIiIOBHO-
CTAMM, SIKi He 3yCcTpivaioThCA 3a MeKaMH’ IapCTBa POCJIHH.

Tuposunosi (hocharasu y pocauH IIpPencTaBJeHI B 3HAUHO MeEH-
momy posmairTTi, HiK cepuH/TpeoHinoBi. ¥ remomi Arabidopsis
imrerTudikosano 6ausbrko 20 reHis, IO KOAYIOTh THUPO3UHOBI ¢oc-
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darasu, 3 AKUX TiJIbKU OJHA € TUPO3UH-CIENU()PiuHOI0, a pelrTa
Ma€ IOABiNiHY cmenudivHicTs.

3HayeHHA pocnHHUX pocdartas

PocaunHi Qocharasu pasom 3 KiHazaMu OiATPUMYIOTh II€BHUMI
piBeHB (pocopuoBaHHS (PYHKI[IOHAJTBHUX Ta PEryJISTOPHUX OiJ-
KiB, AKUI 3aJIe’KUTh Bil MeBHUX yMOB. 3MiHa crartycy (ocdopu-
JI0BaHHsA OiNKiB BimOmBaeThcA Ha IxXHill akTuBHOCTI. Ilim KOHTpO-
JeM KimasHo-(pochaTasdHOI cuCTeMH 3HAXOAUThCA aKTUBHICTH (ep-
MEHTiB, iI0HHMX KaHaJiB, TpaHCMeMOpaHHUX IIEPEHOCHUKiB, TpaH-
CKPUNOIiNHUX (PAaKTOPiB Ta iHMINX KJIITHHHUX KOMIIOHEHTIB.

Pomuna PPP. Cy6erparom docparas PP1 i PP2A e depmenTu
rizpokcumerua-rayrapuia-CoA-penykrasa, caxaposodocdar-cuH-
Tasa Ta HiTpar-penykTasa. I1i dhepmenTu hochopuaOThCA KiHAB0I0
SnRK1 mix giero pisamx crpecoBux paxrTopiB i ABK. ®@ochopuio-
foun 1i pepmentu, SnRK1 npuruiuye cuHTe3 idompeHoiniB i caxa-
po3u, a TaKOoK BiHOBJIEHHS HEOPTaHiUYHOrO a30Ty Ta BKJIOUEHHS
Moro o ckJjany opraHiuaux cmoayk. @ocharasu PP1 i PP2A Bu-
cTynamTh aHTaronicramu kiHasum SnRK1 B manomy mexanismi. PP1
i PP2A 3HM:KyIOTH piBeHb (pocopuIroBaHHSA 3a3HAUEHUX (DEPMEHTIB,
CTUMYJIIOIOUHN iX aKTUBHICTH i IIIAXU, B AKUX BOHU 0EPYyTh yUaCTh.
docharasu PP2A GepyTh yuacTh y MeXaHidMi OpacHHOCTEPOITHOIO
CUTHaJy — aKTHUBYIOTh TpaHcKpuimiliiiHi ¢paxtopu BES1 i BZR1
nuiaxoMm gedochopuiiroBaHHA.

Poguna PPM. IIporeinosi gocharasu PP2C GepyTh yuacTh y KOH-
Tpoai ABK-peryaboBanux remiB. ¥ Arabidopsis 0ymo imerTH(piKO-
BaHO ABi roMoJoriuHi MOHOMepHi cepuH/TpeoHiH (ocharaszu, AKi
BUKOHYIOTh POJIb HeraTUBHUX peryaatopiB curmany ABK: ABI1
i ABI2. V¥ Bincyruocti ABK 11i ¢ocdarasu KOHCTUTYTHUBHO iHTiOy-
I0Th aKTUBHiCTh mporeiHkinasu SnRK2, Binm akTuBHOCTI AKOI 3ae-
KUTh piBeHb ekcupecii ABK-perynboBanux reuiB. IlosgBa ropmony
B KJIiTHHI OPUBOAUTEL A0 HOro 3B A3YBaHHSA 3 BHYTPiIIIHBOKJIITHH-
HuM START-gomen pernentopom ABK pommaum PYR/PYL. Kowmim-
nexc PYR/PYL-ABK crnenudiuno 38’a3ye docharasy PP2C B 006-
JIacTi peakIifiHOro IeHTPY, iHribyroum ii akTuBHicTh. IHriOyBaHHSA
docharasu 2C mpuBoauUTH A0 Aeperpecii mporeinkinasu SnRK2,
AKa (ocdopuiioe rpyny TPAHCKPUIIIHHUX (PAKTOPIB aKTUBATOPiB
ABK-peryipoBaHIX T€HiB i CTUMYJIIOE aKTUBHICTD BiIIOBiJHIUX T'€HiB.
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Hpyra rpyna moHoMmepHUx ocharas, MexaHidM mii SKUX y poc-
aun BuBueHo, — 1e KAPP (Kinase-Associated Protein Phos-
phatase). @ochparasu KAPP maroTs miasmMajJeMHy JOKajisailiio
M acoIlifoioThbCcA 3 PerenTop-MoAiOHMMHU KiHasamu Ta/abo iX Kope-
menropaMu i gedochOopUII0IOTE IIi MOJIEKYJIN, 1110 IPUBOIUTL 0 Pe-
npecii BigmosigHOTO curHaay. 3B’s3yBaHHA KAPP 3 mimenamu
y OeAKUX BUMOAAKAX 3IiMCHIOETHCS TiJILKU Ha MeMOpaHaX Be3UKY.JI.
ITe sane)XkuTh Bii KOHKPETHOTO MeXaHidaMy aKTHBAaIlii/pempecii pe-
IenTop-ImoAioHoI KiHasu. ¥ pisHUX pocauH Oyjo imeHTudikoBaHO
docharasu KAPP, sKi KOHTPOIIOIOTh, AKTUBHICTh PEIEeNTOPiB Opacu-
voaiga i CLV1 (CLAVATA1l) — pelenTop HNEeONTHUIHOTO PETYJIATOPA
CLV3, arkwuit 6epe yuacTh y MeXaHi3Mi KOHTPOJIIO IIPOIECiB IIPOJIi-
deparrii Ta gudepeHiiaii KJIITHH amikaJbHUX MepucTeM cTebJia.

Pomuna PTP. Tuposunosi docdarasu moasitiHoi cnemudiuyrocTi
0epyTh yuacTb y peryasaiii MAP-kimasHoro xackany (ZuB. PO3mij
«MAP kinasu»). Ocranuiii kommoHneHT Kackany, MAPK, dochopu-
aoerbesa Kinazoro MAPKK mo s3anuinikax TPeOHiHY Ta THPO3UHY.
AxrtuBaniga MAPK € KOPOTKOYAaCHOIO, OCKIIBKY CYIIPOBOIKYETHCS
crumyasaiieio cuenupiuaux MAPK docharas monBitinoi cremmudiu-
HocTi. ¥ pocamuax Arabidopsis moxasaHo, 1110 (pocarasa moaBifiHOL
cuernudiunocti AtPTP1 medochopunoe AtMPK4 (amamor MAPK).

docparasu DsPTP 6epyTh yuacTh TakoK y KOHTPOJI KJIITHH-
HOT'O IIUKJIY. AKTHUBHICTS IMUKJIH-3a/Ie;KHUX Kinas migpoguau CDC2
(v Arabidopsis Bussieno asi kimasu CDC2a i CDC2b), 1o B3aemo-
IiIoTh 3 MUKJiHaMu B Tumy Ta 6epyTh yuacTh y peryJisdilii mepexomy
G2— S, KOHTPOJIIOETHCA ABOMA THUNAMM KiHas: MUKJIiH-aKTUBYOUA
kinaza (CAK) dochopunioe 3aqumikyu TPeoHiHYy B aKTuBaIliiiHil
T -merni CDC2, a gpyra (HampukJaam, y APisKAMKiIB, 110 AiIATbCH,
moni6Hui epmMeHT HasuBaeThcsa Weel) — BalUIIKU THUPO3UHY.
dochopunioBanaa mo Tuposuny iHrioye CDC2, Tomi AK ocraTouHa
aKTHBaIlid Iiel KiHasu mocAaraeTbed Oi€ro (ocdaTasu moABiiiHoI cie-
mudivrocti (y apiskmxie — CDC25), aka medochopuiaioe docdo-
tuposunu CDC2. ¥V pociaun romosoru Weel i CDC25 He BusaBeHi,
OJHAK iCHYIOTh HEIIpPAMi MOKasu, IO OIMHCAHUNA MeXaHidM aKTuBa-
ii mepexony G2—S y pociaun ¢yukiionye: CDC25 mpixkmxiB ak-
TUBYE KJIITUHHUN ITUKJ y pociauH. [IpunyckamoTs, 1o gocdarasa,
¢pyukionanasuo aHamoriuna CDC25, y pocauH Mae CTPYKTypy, CIie-
mu@ivHy OIS POCIUH.



4. MEXAHI3MWU NEPEOAYI CUTHANY
POCJINHHNX TOPMOHIB

4.1. PEFYNALUIA TPAHCKPUNUIT AYKCUH-
PET'YIbOBAHUX TEHIB

4.1.1. Perynartopu TpaHCcKpunuii ayKCMH-perynboBaHNX
reHiB Ta iXHA fOMEHHa CTPYKTypa

AKTuBaIiag ayKCHUH-PeTryJbOBAaHUX TeHiB Mae NIepeBasKHO Je-
penpeciiiHUl XapaKTep i € MexaHi3MoM, y OpOIleci AKOTo IIijg aiero
TOPMOHY 3AiHiCHIOEThCA YOIKBiTHMH-3ajie’kKHe PYHHYBAHHSA pPeIrpeco-
piB TpaHCKpUIIii.

3HayHa KiJBKiCTh ayKCUH-PETYJIHOBAHUX T'€HiB 3HAXOTUTHCA IIijI
KOHTPOJIEM TPAHCKPUIIIIHHUX (haKTOPiB ABOX CiMemCTB:

1) axtuBatopmu TpaHckpumiii ARF (auxin response factors);

2) pemnpecopu tpaHckpuniii Aux/IAA (auxin/indole-3-acetic

acid).

Y momexkymi Aux/IAA BUALIAIOTHL YOTUPU OCHOBHI JOMEHU, AKi II0-
3HauaoTh puMchbkuMu nudpamu I, I, II1 i IV, a B momekymrax ARF —
tpu: DBD (HK-3B’asyiounii nomen), momenu III i IV (puc. 50).

Aux/IAA QVVGVVPPVRSYRK
_ 0 ~H 1 H m H v p—
romo- CTabinbHicTb romo- Ta retepo-
Avmepu3auia 6inka AvmMepu3aLin
ARF
_ DBD I w H v —
3B'A3yBaHHA 3 IHK romo- 1a retepo-
B o6nacti ARE AvMepwu3alia

Puc. 50. Crpykrypa TpancKpunmiiiaux peryaaropis Aux/IAA i ARF
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Kap6okcurepminanbui gomenu III i IV meBUIIagKoBO MarOTh Of-
HAKOBi IO3HAUEHHS, OCKiJbKHM B 00JIacTi IUX MOMEHIiB MOJIEKYJIH
Aux/IAA i ARF maioTh BUCOKUU CTymiHb romoJiorii. Jomenu III
i IV He TinbKM rOoMOJIOTiUHiI 3a CTPYKTYpPOIO, ajie i BUKOHYIOTH
CXO0Ki (pyHKIII — BOHU HeoOXimHi mnaa yTBOopeHHs auMmepis. Ilpwu-
YOMY MOKJINBE YTBOPEHHS He TLIbKU IOMOJMMEPIB 3a ydyacTio OiJi-
KiB omHiel ponunm (2 Aux/IAA; 2 ARF), ane i rerepogumepiB Aux/
TIAA-ARF. IMmoBipHiCcTE yTBOpPEeHHA THUX UM iHIINX AUMEPiB 3ajie-
sKuTh Big KoHmeHTpalii ARF i Aux/IAA meBHOTO TUNY B KJITHHI.

AminoTepMmiHaNbHI JOMeHU y X OiJMKiB pisHi 83a CTPYKTYypOIO
Ta QYHKIISIMHU.

Binku ARF uepes JITHK-3B’asyrouuii tomen (DBD) smartHi cme-
mupivyHO 3B’A3yBaTUCS i3 IIPOMOTOPAMU ayKCUH-PEryJIbOBAHUX T'e€HiB
B obutacri cis-enementy ARE (auxin response elements), siki BKJio-
YaTh KOHCEPBATUBHI IIecTUHYKJIeOoTUAHI mocaigoBrocti TGTCTC.

Homen I pempecopa Aux/IAA, ax BBaKamOTh, BUKOHYE OTO-
MikHY QYHKIIiI0o Ipu yTBOpeHHI romonumepis. [omen II BusHauae
piBeHB cTabimbHOCTI Oimka. B obsacTi mporo moMeHy 3HAXOTUTBHCS
merpoH — 13-amiHOKHCIIOTHA iJIsSHKA, HEoOXimHa Iad B3aeMoOmil
3 F-box 6inkom (TIR1) yOikBiTHHYIOUOr0o KOMILJIEKCY.

4.1.2. Yuactb Aux/IAA i ARF y perynsauii ekcnpecii
ayKCVH-perynboBaHNX reHiB

Mogens MOJIEKYJIAPHOTO MeXaHi3My PeryJdilii ayKCUH-peryabo-
BaHUX TE€HiB IPUITYCKAa€E, M0 OJHA MOJEKYyJa TPAHCKPUNIIHHOTO pe-
ryasatopa ARF mocrifiHo 3B’s13aHa 3 TPOMOTOPOM ayKCHUH-PEryJIbo-
BaHUX reHiB B obsacti ARE, mpoTe akTuBallig TaKUX TeHIB 3aJe-
SKUTBH Biff TOro, AKi aumepu OynyTh yTBopioBaTu 3B’asani 3 JTHK
ARF. AxtusHoo cTpyKTypoio € romonumep ARF-ARF. Biu za6es-
neuye nocagky Ha mpomorop PHK-nmonimepasu II i cupuse imimia-
mii Tpanckpumnirii. HagBHicTh, HA ITPOMOTOPI TeTEPOAUMEDPHOI CTPYK-
Typu Aux/IAA-ARF, HaBmaku, 3amobirae ekcmpecii rera (puc. 51).

¥ BimcyTHOCTI ayKCHMHOBOTO CUTHAJY B POCAUHHUX KJITHHAX MO-
aeryau Aux/IAA mpucyTHi y BUCOKMX KOHIIEHTPAIlifAX, i OCKiIbKU
BOHU KOHKYpPYIOTh 3 ARF 3a yTBOpeHHs AumepiB, TO BimOyBaeThCcA
damimieHnHa oxuiei moaekynu ARF B romogumep Ha Aux/IAA.
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3 1iei mpuumHM mepeBakHa Oiabiricts ARE-BMicHMX mpomoTo-
piB 8B’asani 3 rerepomumepamu Aux/IAA-ARF i nmepebyBamThb
y HeaKTUBHOMY cTaHi. CTUMYJAIisS KJIITUH ayKCUHOM HPUBOIUTH
o mecrabimisamii momexkysm Aux/IAA, saki ybikBiTHHYOTHCA Ta 3a-
JAYYaOThCA OO0 IIPOTEOJIi3Y.

BuyrpimuporaiTurHai perenropu aykcuny F-box tumy (TIR1,
AFB1-AFB5) € vactunowo SCF-monioHOo1 yOikBiTHMHYIOUOI mpoTei-
HOBOI Jirasu (gus. posmin «F-box pemenropu»). IIi xirasu yoiksi-
TUHYIOTHh TPaHCKpuMIiiiui penpecopu poxuau Aux/IAA. Cmoemu-
¢diune BuisHaBamHA Ta 3B saA3yBaHHA Aux/IAA nirasorm mepedbyBae

ancouiauin Q “‘
6inka-miweHi e
Ta npoTeonis
E3 E3 26S-npoTeacomoto

ayKCUHY y6iKBITUHYBaHHA

3B'A3yBaHHA
(peuenuin) 6inka-miweHi

7RI . 38'A3yBaHHA Ginka-miwweHi
(peuenTtop)

E3 E3
Aux/IAA*
T CUHTE3 paHHIX
“ Aux/IAA
AW/IARY ) e openns
o m rOMOAMMeEpIB
e d ;"'
CAux/IAA )/ ancouiavia Aux/IAA
, 1 romogumepm3adia ARF
ARF 1
ARE
HeaKTVBHUI reH AKTUBHUN reH

Puc. 51. Mexanism peryndrii akTUBHOCTI ayKCUH-PEeTryJIbOBAHUX T'e€HIiB
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IIiJi KOHTPOJIeM T'OPMOHAJbHOI MomyJamil adimrocTi F-box 6imka
mo mimeni. ¥ BigzcyrHocTi aykcuny F-box 0ioK He Mae cropimue-
wocti mo Aux/IAA. 3B’sasyBaumusa ropmouny 3 F-box permemrTopom
OPUBOAUTEL IO YTBOPEHHS MOBEPXHi, HE0OXimHol aaa cuernudivyaoro
BrmisHaBaHHA Aux/IAA. Ilpu 1mboMy TOPMOH BHUCTYIIA€ AK «MOJe-
KYJSpHUN KJei», asKuii 3abesmeuye rigpodoOHi BlaemMozmii mix
F-box perenTopom i mimrennmo. Takum umHOM, y pesyabTaTi pe-
HenIlii ayKCUHY CTUMYJIOEThCSA YOiKBiTUHYBaHHSA 0inMKiB Aux/IAA,
AKi moTiM pyliHyioThcA 26S IPOTEACOMHUM KOMILIEKCOM.

PiBenbp Aux/IAA mim giero ayKCUHY iCTOTHO SHUMKYETHCA, IO
cupuse yreopeHHio romogumepiB ARF-ARF, 3B’a3anux 3 ARE-Bmic-
HUMU IIpomoTopamu reHiB. HaasBuicTts qumepy ARF ma mpomoTopi
cupuse (GopMyBaHHIO MPEiHIIIaTOPHOTO KOMILJIEKCY Ta aKTHBAaIlil
TPAaHCKPUNIiI ayKCUH-PeryJIbOBAaHUX T'eHiB.

o ayKcuH-peryJbOBaHUX TeHiB, eKCIpecid AKUX CTUMYJIIO-
€ThCsS HA PaHHIX eramax nOil rOPMOHY, HaJIeXKaTb T'eHU, IO KOLY-
oTh 0imku poxmuum Aux/IAA (ma puc. 51 mosmaueni Aux/IAA¥).
Ha Bigminy Big TpaHcKpunmiiiHux iHrioiTopiB, panui Aux/IAA*
MalOTh BUPA’KeHY 3JaTHICTh OO AMMepHU3allii 3 permpecopoM TpaH-
ckpurmitii Aux/IAA i mpu 11bOMy BOHU MAalOTh HU3BKY CIIOPifHE-
HicTs mo aktuBaTopiB ARF. HamoBo cuutesoBani Aux/IAA* 3B’s-
3YIOThCA 3 PelpecopamMu, CIPUAIOUN 3HUMKEHHIO PiBHA KOHIIEHTPA-
mii pempecopiB i, TAKMM YWMHOM, MiABUINYIOTH iMOBipHIiCTH AUMe-
pusamnii ARF i momanbinoi akTuBailii ayKCHUH-peryJIbOBAHUX TeHiB.

OT:xe, KOHKYPEeHTHe iHTiOyBaHHS eKcIipecil ayKCHH-peryJibLoBa-
HUX TeHiB yCYBa€ThCS ABOMA CIIOCOOAMMU:

1) pyiinyBanHaM penpecopiB TpaHckpumiii Aux/IAA uepes

yOiKBiTHH-OIIOCEPEIKOBAaHUI IIPOTEOJi3;
2) msaxom 3B’sa3yBaHHA perpecopiB Aux/IAA 3 Aux/IAA* —
OiiKkaMu PaHHBOI BiATIOBiAiI Ha BIJIWB ayKCUHY.

Koporka cxema akTuBarii

1. VY BimcyTHOCTI ayKCHHY B KJITHHI HiATPUMYETHCA BHCOKA
koumenrpaiia Aux/IAA. ARF 3maxoauthbcsa mmepeBaskHO
y ckaazni rerepogumepiB Aux/IAA-ARF, aykcuH-uyTIUBi
TeHU peIlpecoBaHi.

3. V¥ pesyabrari peremnriii aykcuny y F-box perenTopa (TIR1)
OiJIBUINYETHCA CIIOPiAHEHICTh A0 HETaTUBHUX PETryJsSTOPiB
Aux/TAA.
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4. Kowmmnuekc perentopa 3 ropmonoM (TIR1-IOK) 3B’szye pe-
mpecop Aux/IAA.

5. Aux/IAA y6GiKBiTMHYETBHCA ITPOTEIHOBOIO JIirasomw, a IoTiM
pyiiHyeThbcA 26S mpoTeacoMoio.

6. VY pesynbraTi 3HMMKEHHA KoHIeHTpaIrii Aux/IAA Bigbysa-
erbesa nuMepusailiss ARF Ha mpomoTopax ayKCHUH-3aJIeKHUX
TeHiB.

7. lImimiroeTbcs TpaHCKPUIIILid.

8. Cunres panHix Aux/IAA* mpuBoauTh OO0 3B’sI3yBaHHA pe-
mpecopiB Aux/TAA i, BimmoBigHO, M0 MOCHJIEHHA eKcmpecii
ayKCUH-PeryJbOBaHUX T'eHiB.

4.2. TIEPEOAYA UATOKIHIHOBOIO CUTHANY

Pemenmnia nmuToxkiHiHy POCIMHHUMEN KJIITHHAMU 34iACHIOETHCS
riCTUAMHOBUMU PeIeNITOPHUMHU KiHasaMu, AKi posTallioBaHi Ha ILIas-
mMaTuuHin memOpani (puc. 52). Ilepemaua curuany BimOyBaeTbcs
y paMKax JBOKOMIIOHEHTHOI 6araTOKpPOKOBOI CUTHAJBHOI CHUCTEeMMU,
yacTUHOIO AKO1 € perentopHi His-kinasu (quB. posgin «lBoxommno-
HEeHTHi 6araTOKPOKOBI CUTHAJIbHI CUCTeMU POCIUH»). 3B’ sA3yBaHHSA
excrpakJgituauaoro perentopHoro CHASE-momeny i3 muroxkiminom
CTUMYJIIOE€ TUMEPU3AIIiI0 PeIeITopiB i TpancMoeKyJIsapHe aBTodoc-
(opUIIOBAHHS TiCTHAMHOBOTO 3aJuIIKy transmitter qomeny. ®oc-
dopuIOBaHHSA MPOBOKYE (hocdhopesieliHUiT MeXaHi3M — MOCJIiTOB-
HUH mepeHoc docdaTHOI Ipymnu IO KOMIIOHEHTaM CUTHAJIbHOI CHC-
temu. Conouatry (GocdarTHa rpylna mepeHOCUTLCS B MerKax pellel-
TOPHOI MOJIEKYJM i3 3aJUMIKYy TiCTUAMHY Ha 3aJUIINOK aclapari-
HOBOI KHCJIOTH receiver JoMeHy, a IIOTIiM Ha 3aJIUINOK TiCTUIUHY
HU3bKOMOJEeKYaaApHOi dochorpanchepasu HPt. Ileit xommoHeHT
€ BHCOKOMOOLIBLHUM i JIerKo Au(YHAYE IUTOILIA3MOI0 Ta IIPOHUKAE
y Aanpo. ¥ BiICYTHOCTI IIUTOKiHiHY B KJITHHI HpPUCYyTHA HE3HaYHA
KilbKicTh peryysaTopiB BimmoBimi A-tuiry, ToMy Ha HepIINX eTa-
max aKTUBAIlil IMUTOKiHiHOBOTO curHANy y (ochopesieiiHoMmy mMexa-
HidMi 0epyTh yuacThb IepeBaskHO peryJsaTopu Biamosimi B-tunmy —
TPaHCKPUIIiKHI peryasaTopu. Pochorpanchepasa HPt mepenocurs
¢ocdaT Ha acmapariHOBy KMCJIOTY receiver mJoMeHY peryJsaTopa Bin-
noBigi. ¥ dochopuaboBaHOMY CTaHi peryaaTopu BigmoBimi B-tumy
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MOJYJIIOIOTh AKTHUBHICTH NEKIJIBKOX MECATKIB IIMTOKiHIH-UyTINBUX
TeHiB PaHHLOTO BiAMMOBifi.

Ho paHHiX TeHiB, aKTUBHICTb AKUX MOAYJIIOETHCA ITUTOKIiHIHOM,
HaJIe)XaTh TeHU, IM0 KOAYIOTh (PaKTOPH TPAHCKPUMIil, YMCIeHHI
peryasaTopHi 6iKM, B TOMY UYHCJIi (DepMeHTH, AKi MamTh KiHasHy
abo ¢ocdarasHy aKTHUBHICTH, a TaKOK OiJKHU, 10 0epyTh y4yacThb
y MexaHi3Mi CIpPsSIMOBAHOT'O IIPOTEO0JIiZYy 0inKiB (YOIKBiTHH-KOH’IO-
ryrounii (pepmenTt, F-box 6inmox, AT®-zanmesxua CyOOSUHUIA IIPO-
Teas3u, CTPYKTypHUil 6imox ybGikBiTmHyrouoi Jirasu SKP1). Cepen
PaHHIX reHiB IIMTOKiHIHOBOI BiAIIOBiAi BasKJIMBe Miclie 3aliMaiOTh
TeHU, M0 KOAYIOTH peryiasaTopu BigmoBiai A-tumy. Ili 6imkum Ta-
Ko, AK i RR B-tumy, 6epyTs yuacTb y (pyHKIIIOHYBaHHI JBOKOM-

LUuTtonnasma
s His Asp His His Anpo
_/" : transmitter H reseiver] -
. rictuanHoBa Asp RR-B
CK KiHa3a
—————— N ——-""““-A® ®
His Asp His His
. : transmitter H reseiver] E——
VA Asp
ATP  ADP

reseiver H output

D

/ His
S@ | b
7 RONTIDNINININ
’ LMTOKiHiIH-perynboBaHi reHn
<— RR-A rictoH H4

RR-A CycD3

Puc. 52. Mexanism TpaHCAYKIIil IIUTOKIHIHOBOTO CUTHAIY.
YMOBHI nOo3HAUEHHA:

RR-A — perynaropu Bigmosigi A-tumy;

RR-B — perynaropu BigmoBini B-tumy;

HPt — ricrupuaoBa docdorpanchepasa;

CycD3 — nukain D Tumy
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HOHEHTHOI cucTemMu. IcToTHe migBuUINleHHS KoHIeHTpaIlii RR-A npu-
BOJUTH IO TOrO, II[0 BOHU YMHATH BiIUYTHY KOHKYPEHI[II0 PeryJis-
TopaMm BimmoBimi B-Tumy, mepexommoooun Ha cebe 3HAUHY YACTHUHY
docdaris Bix rictuaguaOBOI hocdoTpaHchepasu. Y pesyIbTaTi I[BOTO
BHIIKYETHCSA PiBEHb TPAHCKPUIII IMUTOKiHIH-aKTUBOBAHUX T'eHiB.
Or:xe, RR A-Tuny Mo’kHa PO3TIAAATH SK HETaTHUBHI peryasTopu
IIUTOKiHiHOBOI BimmoBini.

B axkTuBOBamoOMy cTaHi peryadaTopu BigmoBimi A-tumy 3B’A3y-
IOTHbCA 3 PiBHUMHU (PYHKIIOHAJbHUMU OiJIKAMM, MOIYJIIOIOUHN iX aK-
TuBHicTh. IIi 6iMKM MOXKYTH OyTH (hepMeHTaMu abo peryJaaTopamu,
yepes sSIKi MOKJIMBa IIOJAJbIlIa lepegada CUTHAIY.

VYV pociaumax Arabidopsis mig BIImBOM IIMTOKiHiIHY uepes IOBO-
KOMIIOHEHTHY 0araTOKPOKOBY CHUTHAJbHY CHCTEMY CTUMYJIIETHCS
eKcIIpecia reHa, 1o Koaye peryadatop Biamorimi A-tunmy ARRA4.
ITicoa Tpamcaaiii maHoBo cuHTe3oBanuiit ARR4 akTuByeThCcs TicTu-
nuHOBOIO (ochorpaHchepasoro HPt. Opuiero 3 mimmenein ARR4
e ditoxpom B. Ilpu sB’asyBanni PHYB;, 3 ARR4 crabinisyerbcs
aKkTuBHA (popma cBiTI0BOTO perenTopa — KouBepcia PHYB;, B He-
aktuBHUU crad (PHYB,) yckiamuena, 1Mo CIpusie IMOCUJIEHHIO (i-
TOXPOMHOIO e(peKTy MHiJ BIJIMBOM IIUTOKiHiHOBOTO CHUTHAJY.

BnoinB nuToKiHiHY Ha POCIMHHI KIITHHHU € MOJipyHKIIiOHAIb-
HUM i IPUBOAUTH OO0 PidHOMAHITHUX e(deKTiB. Y IijoMy BIJIUB
IILOTO TOPMOHY aKTHUBi3ye OKpeMi JJaHKH MeTaboJaisMy, a TaKoK
pict i mpouidepamnito kaitTua. Ilig BOImBOM IUTOKiIHIHY IIOCHJIIO-
€ThCs CUHTEe3 OiMKiB i HYKJIEIHOBUX KMCJOT, HMiABUIIYETHCA aTTpa-
rymoua 3maTHicTh TKaHWH. I{luTOKiHiH 3a0e3meuye TiATOTOBKY KJIi-
TUHU O0 HOAiJNy, IPUUOMY He TiJIbKU 3a PaxyHOK MHiABUIIEHHS 3a-
rayjbHOi iHTeHCUBHOCTI cuHTe3y. lluTOKiHiHOBUII curHay 3abesme-
Yyye aKTUBAIIiI0 eKcipecii rewiB, 110 KOAYIOTH OiJIKHU, IIOSABa AKUX
nepenye mitosy. Ilo-mepime, 1e nmukiaia D-tuny — CycD3 — ax-
TUBATOP IUKJIIH-3aJIeKHOI KiHasu, HeoOXigHOI mJd mepexomy KJIi-
TUHU IO CUHTEeTUYHOI (hasi KiaitTunHOTrO nmuray (G2—S). Ilo-apyre,
ricrou H4, yTBOpeHHSA SKOT0 € IPUHIIMIOBO BAYKJIUBUM IJsI (Pop-
MYBaHHS HYKJIEOCOMHOI CTPYKTYPH XPOMATHUHY y IIPOIleci peny-
mrikarmii [THK.
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4.3. TPAHCAYKUIA NBEPEJIIHOBOIO CUTHAJY

AxTuBHiI Qopmu ribepesiny (umepeBakno GA; i GA,) 3B’a3y-
IOThCA i3 BHYTPIITHBOKJITUHHUM ITUTOILIA3MAaTUYHUM PEIeIITOPOM
GID1 (muB. poszgin «I'opmoH-uyTauBi Jinasm»). Bsaemosgia 3 ribe-
peJIiiHOM HNPUBOAUTEL A0 3MiHUM KoH(opMaIlii perentopa Ta crabii-
3alfii #oro akKTHUBHOI cTPyKTypu. Mojgekyau penentopa GID1 ma-
O0yBaroTh 3maTHOCTi 3B’sisyBaTtuca 3 DELLA-6inkamMu, g0 AKUX Ha-
JexkaTh pelmpecopu ribepeimimoBoro curuainy. ¥ Baaemonii GID1
3 DELLA-GinkaMu MoJieKyJia TibepesiHy BUCTYIIa€ B POJIi «MoJe-
KYJSAPHOTO KJIEIO». ¥ Pe3yJIbTaTi MPpUETHAHHA [0 PEIENTOpa B Kap-
O6okcuTepMiHaNBHIN yacTuHi Mosekysiu DELLA-Ginka BigbyBamoThCcA
icroTHi KoH(MpOpPMAaIiiiHi 3MiHM, 1110 IPUBOJATH 4O MOYKJINUBOCTI CIie-
mupiunoi Bzaemoxnii 3 F-box cyboguauiieio SCF-moxi6uoi yoikBiTH-
mytouoi jgirasu (puc. 53). DELLA-6ioK y6iKBiTMHYEThCA Jirasoio
i masi migmaeThcAa mpoTeosizy.

PyiinyBanua pempecopiB ribepesiHOBOTO CUTHAJNy IPUBOAUTH
o akTuBalii ekcupecii renis MYB-momi6HUX TpPaHCKPUNIIHHUX pe-
ryaaropiB (GAMYB), 110 cTaHOBIATL BaKJINUBY I'DYIYy TPAHCKPHUII-
IiHHUX aKTHUBATOPiB ribepesiH-peryjboBaHUX TeHiB, IO AKUX Ha-
JIEJKUTH I'PyNa TeHiB, IO KOAYIOTh KOMILIEKC TinposiTuyHuX dep-
meHTiB. @akTopu GAMYB cnenudiuno 3B’A3yIOTHCA 3 IPOMOTO-
pamu reHiB B obsacrti cis-ememenTa GARE (GA-Response Elements)
i 6epyTh y4uacThb y CKJaJaHHI mpeiHiliaTopHOTo KOMILIeKCcy. PYyHK-
mionasbHa aKTUBHiICTE GAMYB-0iKiB KOHTPOJIIOETHCA HE TiJIbKU
Ha piBHIi TpaHCKpPHUIIii, aje ¥ mocTTpaHcaaniiino. IlepenbdauaeTbesa
MOKJIMBIiCTE peryndarnii aktuBHocTi GAMYB-dakTopiB muiaxom ix
KoBaJIeHTHOI Moau(ikarii 3a momomoroio ¢ochopuaroBaHHA.

Mo:xanBa MOJesib rioepeiHOBOTO CUTHAIY
1. Ti6epenin (GA) 3B’sa3yeThbea 3 perentopom GIDI.

2. 3wmiHa xKoHdopMalii pemenTopa IPUBOAUTH A0 3B’ sA3yBaHHA

DELLA-6inKiB (HEraTUBHUX PETYJIATOPIB riGepeiHOBOTO CUTHAIY).
3. VYrBopenua rommiekcy GID1(GA)-DELLA npuBoAuTH A0 CYTTE-

BUX KOHGOPMAIifHMX 3MiH y KapOOKCUTEPMiHANBHINT YaCTUHU

DELLA-6inkiB.

4. DELLA-6inku cnemudiuao B3aemomiors 3 F-box cybomuuuieio
yO6iKBiTHHYOUOI Jirasu.
5. DELLA-6iniku y6iKBiTMHYIOTHCA Ta IiAmAIOTHCS IPOTEOJIi3Y.
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6. PyiitnyBanaa DELLA-6iiKiB nmpuBoauTh OO Aepemnpecii ridepe-
JIIHOBOT'O CHUTHAJY.

7. AKTUBYIOTHCS I'€HU, I[0 KOAYIOTh TPAHCKPHUIIIIMHI aKTUBATOPU
GAMYB.

8. Tpauckpuniiiini akruBatropu GAMYB 3B asyiorbea 3 GARE-
MOTHBOM TribepeJiiH-peryJbOBaHUX T'eHiB i CHiJIbHO 3 iHIIMMH
aKTUBATOPAMHU iHII[il0OIOTH IXHIO eKcIIpecio.

peuenTtop

N 0 @ -
\ (L -
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Puc. 53. Mexauism Tpancaykiii ribepesiHoBoro curzasy.
VYMOBHiI O3HAYEHHA:

GID1 — penenTop ribepeniny;

DELLA — DELLA-6in0K, pempecop ribeperiHoBOTO CUTHAIY;
RNA-pol — PHEK-morimepasa II;

GAMYB — axTmBaTOp TPAHCKPUIITil
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4.4.NMEPEOAYA CUTHAJTY ABK YEPE3 START-JOMEH
PELLENTOPU

BryrpimuasokiaiTurni pementopu ABK — PYR/PYL/RCAR
(START-gomeH pemenTopu) — y BimcyTHOCTI ropMoHY mepebyBa-
I0Th IIEPEBAKHO y BUIJIAAL roMoamMepiB (puc. 54). ¥ Takomy craHi
pemenTtopu He 3AaTHI BlaeMomiATu 3i cBoimu Mmimenamu. IIporei-
HoBa (ocharaza PP2C, aAKa € MiIlleHHIO peIremnTopa, 3HAXOAUTHCS
Y KOHCTUTYTUBHO aKTUBHOMY CTaHi Ta IiIaxoM JgedocopraoBaHHA
inri6ye nporeinkinasy SnRK2 — nosutusHuii perynarop ABK-za-
aexHUX reHiB. Ockinmbkyu SnRK2 He BuABIAE KaTaJIiTUUYHOI aKTUB-

anmep AKTUBHI
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Puc. 54. MexaHisM TpaHCAYKIIil curHaay abCIiu30BOi KUCJIOTHU
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HocTi Ta He (ochopuaioe cyberpar, ABK-curaman miarpumyerbes
y pempecoBaHOMY CTaHi.

3B’asyBanusa ABK 3 perenTopoM, III0 CYIIPOBOAKYETHCS 3MiHOIO
oro Kou(opMailii, IpUBOAUTE SO AUCOIiAIlil PEIeITOPHOTO AUMEPY
(puc. 54). MoHOMepH pellenTopa, 3B’sA3aHi 3 TOPMOHOM, B3aEMOIi-
I0Th 3 peakniiaum 1eaTpoMm PP2C i KoHKypeHTHO iHTiIOYIOTH HOTrO
akTuBHicTb. Pemnpecia ¢ocharasuy PP2C nmpuBoguTs mo mepempecii
ABK-curunany. IIporeinkinasa SnRK2 axkTusyerbcs, aBTodocdo-
PUIOEThCA 3a cruenuiuHMMMU caiiTamMu i HaOyBae 37aTHOCTI B3ae-
momiAaTu 3i cBoimm mimeHamu. SnRK2 ¢dochopunioe rpymy Tpan-
ckpumniiiaux ¢gaxtopiB aktuBaTopiB ABK-peryiroBaHux resis,
nanpurigan ABF2 (ABA-Responsive Element Binding Factor 2).

4.5. CMPUNHATTA TA TPAHCAYKLIA ETUJIEHOBOIO
CUrHANY

Pemeniiia etujieHy pOCIMHHUMHU KJIITHHAMU 3iMCHIOETHCA Ha
IJIa3MATUYHITT MeMOpaHi pelelnTOPHUMHU TiCTUAUHOBUMHU KiHasaMu,
1[0 MAlOTh BUPAKEHY I'OMOJIOTiIO i3 JBOKOMIIOHEHTHUMU PEIeITO-
pamMu OaxTepiii i pocauu (guB. posmin «ErmiaeHoBi permemnTopum»).
PenenTopu eruyieny GopmyoTh cTabibHI AuMepHi rpymu 3a pa-
XYHOK IuCyJb(igHux 3B’A3KiB B 00JsacTi eKcTpakJaiTuHHOI N-Tep-
MiHaJBHOTO IiIAHKH. ¥ BiICYTHOCTi TOPMOHY pPeIleIlToOpu 3HaXO-
IATBCSA Y KOHCTUTYTUBHO aKTUBHOMY CTAHI.

AKTUBHUII pelenTop HiATPUMY€E HACTYIHUN KOMIIOHEHT CHT-
HaJbHOI cucTeMu — cepuH/TpeoHiHOBY Kinagzy CTR1 — B akTusB-
HOMy craHi (puc. 55). BBakaeTnbcs, 1110 B €TUI€HOBOMY CUTHAJIb-
HOMY MexaHisMi He (yuKIionye dochorpaHchepasHuili MeXaHi3M.
Kunasa CTR1 Gesmocepenubo B3aeMoie 3 transmitter-mromenom pe-
nenropa (Ha puc. 55 — ETR1), Tomy cran perenTopa Oe3mocepe/-
HBO BILIMBa€ Ha (PYyHKIioHambHy akTuBHicTh CTRI.

CTR1 € HeraTUBHUM PETryJIATOPOM €THUJIEHOBOTO CUTHATY. 3 Ifiel
MIPUYMHHU Y BiZICYTHOCTI rOPMOHY CHUTHAJbHA CHUCTEMAa 3HAXOAUTHCS
B PEIIPecoBaHOMY CTaHi, He3BaKalOUM Ha aKTUBHUU pelenTop. 3B’ -
3yBaHHS €TUJIEHY PeIelITOPOM MNPUBOAUTL A0 iHTiOyBaHHS pellem-
Topa Ta kKiHasu CTR1. Buaciimok mepelnpecyeThbCcs CUTHaJbHA
cucrema etuaeny. Mimeni CTR1 He BcTaHOBJIeHi, IpoTe Bimomo,
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1o micis pempecii miel KiHasum OogHMM i3 MepPIIUX AKTUBYETHCS
memOpaunuuii 6110k EIN2 (ethylene insensitive 2). EIN2 nanexurs
IO POAUHU TpaHCcMeMOpaHHUX eyKapioTmuHux OinkiB, axi 12 pa-
3iB mepeTHHAIOTh MeMOpaHy. 3a cBO€i0 CTPYKTypoio EIN2 6iusn-
KNI 0 TpaHCMeMOpaHHNX MEePeHOCHUKIB ABOBAJEHTHUX iOHIB Me-
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Puc. 55. MexaHisM TpaHCAYKI[il eTUJIEHOBOTO CUTHAJY
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TAJIiB y TBAPWH i BOJIOMi€ XapaKTepPHUMU BJIACTHUBOCTAMU II€PEHOC-
HUKa ioHiB MmeratiB. Ilepemaua curmany Bim EIN2 mo mHacTymHOrO
KOMIOHEHTY, peryiaatopa TpaHckpumilii EIN3, Ha manuii MOMEHT
He 3’scoBaHa. BeamocepeqHbO I[i KOMIIOHEHTH HEe MOXKYTH B3a€EMO-
OifATH OAUH 3 OJHUM, OCKiJIBKM IIEPIINH JOKAJIi3yeThCA B IIJIa3Ma-
TUYHilT MeMOpaHi, a Apyruii € amzepHuM OinkKoMm. IcHye mpumy-
menus, mo EIN2 BmiauBae omocepenkosano Ha EIN3 (ethylene in-
sensitive 3) uepes sminy piBHOBaru ioHiB MmerasiB. Or:ke, misk EIN2
i EIN3, Biporigno, ()yHKI[IOHYIOTh BTOPMHHI MeCEHIKepH.

Tpanckpuniiiai gaxrop EIN3, a tako:x O6Ju3bKi Homy Oinkm
EIL1 i EIL2 (EIN3-like 1 u 2), akTuBy0Th renu (PakTOpiB eTu-
nenoBol Bigmosini ERF (ethylene response factor), mo Komymoors
TpaHCKpUMITifiHi axropu, axi npuiitnaro HasuBatu EREBP (ERE-
binding proteins), To6To 6inKu, 10 3B’A3YIOTHh €THJIEH-UYTIUBL
cis-aktuBHi enemenTu (ERE — ethylene response element). Ha-
SABHICTb IIUX €JIEMEHTiB € XapaKTepPHOI0 PMCOI0 IPOMOTOPIiB reHiB,
AKiI iHIYKYIOThCA €THUJIEHOBUM CHUTHAJIOM.

Tpauckpumiiiiai pakropu EREBP akTuByioTh Ipyny eTUIeH-pe-
IyJbOBAaHUX TeHiB, IO KOAYIOTh (DYHKI[IOHAJNBHI OiIKM, Bim Sxumx
3aJIe;KUTh PO3BUTOK peaKIlii-BigmoBimi. 3ayie:kHO Big CcyKymHOCTI
CUTHAJIB, III0 HAAXOAATh B AP0, BUABIAETHCA MINPOKUHA JiamasoH
BigmoBinmi Ha erusen. Ile mMoKe BUpasKaTHCA y IMIBUIKOCTI iHIYK-
nii ERE-BmicHuUX reHiB, a TaKoX y PisHiil akTHBHOCTI eKcmpecii.
AxTuBaIlia meBHUX IeHiB Mae (paszo-cuernudivuuamii xapakrep, ToOTO
3aJIeKUTh BiJl IIepiofy PO3BUTKY OpTraHizMy.

Koporka cxema CUTHAJBHOI CHCTEMH €TUJIEHY
1. VY BimcyTHOCTI TOPMOHY peIenTop 3HAXOAUTHLCA B KOHCTHUTY-

TUBHO aKTUBHOMY CTaHi I aKTWBYE€ CEepPUH/TPEOHIHOBY KiHasy

CTRI1.

2. AxtuBauii CTR1 pempecye CUTHAJIBLHY CHCTEMY €THJICHY.

3. VY pesyabrati peneniii eruseny penentop i kimaza CTR1
iHAKTUBYIOTHCA.

4. [epenpecoBaumuii memOpanHuii 6iok EIN2 cmpuse amini KoH-
meHTpalii ioHiB MeTaJIiB y IIUTOIIIa3Mi Ta HYKJIEOILJIAa3Mi.

5. AxTuByIOTBCA TpaHcKpuniiiiHi daktopu EIN3 i EIL1/2, aki

CTUMYJIIOIOTH eKcrpecito rediB ERF, 1110 KOAYVIOTH (DAKTOPHU ETH-

JIEHOBOI BimmoBizi.
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6. IlpomyxTtu rexis ERF, tpauckpunmiiiai ¢axropu EREBP, 38’s-
3yoThcs 3 ERE-BMicHUME mpoMoTOpaMu TeHiB.

7. Excnpecis ERE-BMicHUX T'eHiB IIPUBOAUTH OO0 CHUHTE3Y KOMII-
JeKcy (PYHKI[IOHAJIbHUX 0iJIKiB, IKi 0epyTh y4acTb Y PO3BUTKY
peakmii-BigmoBizi.

4.6. PELIENUIA TA TPAHCAOYKLUIA
BPACMHOCTEPOIAHOIO CUTHANY

Penenmia 6pacuHOCTEPOIiB Y POCINH 34iHCHIOETHCS PEIEITOP-
HUMM KiHasamwu, JOKajdizoBaHuMmu y miaasmaiaemi. ¥ Arabidopsis
O6pacunHOCcTepoigauii perentop BRI1 Haxe:XKUThL BeIMKOMY CiMelicTBY
pocauHHO-crienmudiuanx cepuH/TpeoninoBux LRR-penentop-monio-
Hux kinas (S/T LRR-RLK). Xoua pemnenTop BRI1 mae 6ymzoBy Tu-
MMOBOI CepPUH,/TPEOHIHOBOI peIenTop-nmoAiOHOl KiHasu, BiH IPOABIAE
BJIACTUBOCTI KiHa3u MmoABiiHOI crmemudivHOCTi: KpiM 3aJUIIKiB ce-
puny Ta TpeoHiny, BRI1 ¢ochopuirioe TaKoxK 3aIUNIKNA TUPOIUHY.

V¥ BigcyrHOocTi Jdiramay HeakTuBHUuI perentop BRI1 TicHO KOH-
TAKTy€ 3 MOJIEKyJaMHU OBOX THUIiB: iHTi0iTopoM KiHa3HOI aKTHUB-
"HocTi BKI1 i pememnTop-momiOHOIO ITMTONJIa3MaTUUYHOIO KiHasoio
BSK (puc. 56).

1. BKI1 (BRIl kinase inhibitor 1) — mHeraTuBHuUii peryasaTop
BRI1. Iari6itop BKI1 mae migBuilleHy CHOpPigHEHiCTh OO He-
aKTHUBHOI (hopMHU pelenTtopa i, 3B’A3yHOUNCH 3 HUM, IIiATPUMYE
MOoro B HeaKTUBHOMY CTaHi.

2. BSK (BR-Signaling Kinase) — permenTrop-moioHa muToiasma-
tuuna Kinasa (RLCK — Receptor-Like Cytoplasmic Kinases),
uyepes AKy 3IificHIOeThcA mepenaua curHaay Big BRIL. ITos’s-
sama 3 perentopom BRI1, BSK 3HaxoguTbcAd B HEAKTHUBHOMY
cTaHi.

Crumyasaiisa pementopa BRI1 gmiramgom migsuinye adinHicTb
pelenTopiB ogmH A0 ogHOro. bpaccinomain iHayKye KoH(pOpPMAIifHL
3MiHM, AKI TpUBOAATH A0 crabiniszarmii numepusoBanux Gopm BRI1,.
IIpu s0mu:xennui pernenrtopis BRI1 crumysroerbea ixXxHA KiHasHa
AaKTHUBHiCTH, AKa CIOUYATKY CIPSMOBaHA Ha MOJEKYJy iHribiTopa
BKI1. ®ochopunsosauuii BKI1 mucoiritoe Big pelemnTopa Ta mepe-
POBIOAINAEThCA ¥ IUTO30JbHY (pakitifo. BuBinbHeHi Bim inribiTopa
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perentopu GOPMYIOTh roMomuMepu (TaKOMK MOIKJINBE YTBOPEHHS
OJIiTOMEpHUX CTPYKTYP) i B3aeMHO (ochOPUIIOIOTh OIUH OJHOTO.
AsTodochopuIoBaHHA HeJOCTAaTHBO AJis moBHOI akTuBallii BRI1
kinasu. Heobximuoto € acoriamia 3 xopemenTopom BAK1 (BRI1-
associated kinase 1), 3 axum BRI1 BcTymae y B3aemHe TpamcdoC-
(opusroBaHHA.
Kopenentop BAK1 He MoxXe B3aeMOIiATH 3 HEAKTUBHUM pe-
IeIITOPOM, TOMY IO IIboMy 3aBaskae imrioiTtop BKI1. Kpim Toro,
ns e(peKTUBHOrO 3B’sA3yBaHHSA € HeoOXimHOIO BigmoBimHa migro-
TOBKA IIOBEPXHi peremnTopa, sika JOCSATa€TbCs ILIAXOM TPAHCMOJE-
KynsapHoro aBTodochopuaioBanusa BRI1. Ilicaa gucoriarmii inri-
OiTopa Ta mouaTKoBOro (gochopuiaosanua perentopa BAK1 38’s-
syerbesa 3 BRI1. B yrBopenux rerepoosiromepax BAK1 i BRI1
TpauchocHOpPUIIOITh OAUH OSHOTO 3a CHeINUu(MIUYHUMU aMiHOKIC-
JIOTHUMHU 3aJIUITKAMU.
AxTtuBoBanuii BRI1 ¢gochopuiioe perenTop-mogioHy IIUTOILIA3-
matuuny Kimaszy BSK1. ¥V dochopunrroBanomy crani BSK1 mucoiritoe
BiZ pererrTropa Ta B IIUTOILIAa3Mi cIeriu()iuHO B3a€EMOJi€ 3 HEAKTUB-
HOO (opmoio (ocharazum BSU1L (Bril Suppressor 1) i akTuBye
ii muasaxom (gochopunoBanusg. PochopunroBana BSU1 BuaBase
CBOIO aKTHUBHICTh y IUTOILIA3Mi i AApi, KyAu YacTKOBO TPAHCIIOP-
TYeThCS IIicJas akTuBallii. ¥ murormiasMmi Ta HykJaeommasmi BSU1
medochopuioe cBoio Mimenb — kinaszy BIN2 (Brassinosteroid
Insensitive 2), — 3Bepratouu B HeaKTUBHHU cTaH (puc. 57).
Kunaza BIN2 € HeraTuBHUM pPeryJsATOpPOM OpPacHHOCTEPOIin-
HOTO CHUTHAJIbHOTO HLIAXY. ¥ BigcyTHOcTi GpacuuHoctepoinie BIN2
KOHCTHUTYTHUBHO (hochopuaioe TpaHCKPUIIIifHI peryasaropu BZR1
(Brassinazole Resistant 1) i BES1 (BRI1-EMS-Suppressor 1) — mo-
OYJISTOPU AKTHUBHOCTI OpacHmHOCTEpOin-peryaboBaHux rexis. BES1
TaKkoXK Io3HauaoTh BZR2.
DochopunioBanaa partopiB BES1 i BZR1 nagae pisui edextu
Ha ixHi QyHKIii:
1) imrioyersca [JTHK-3B’A3yioua aKTHUBHICTBD;
2) crumyaeTrbes excmopt BES1 i BZR1 i3 aapa B miuromiasmy
(BHMIKYETBCA iX piBeHBb y HYKJIEOILIa3Mi);

3) rimepdochopunsoBani 6imkm BES1 i BZR1 sanyuaioTbcsa
o yOiKBiTHMH-OIIOCEPEIKOBAHOTO IIPOTEOJIiBY (PYHHYIOTHCA
26S mpoTeacoMoIo).
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dochopunaoBaHHA camMe mo cobi € HeoOXimHOI0, aje HemocTaT-
HbOIO s merpagaifii BES1 i BZR1. Tinsku rimepdochopuiboBana
¢dopma mux OiNKIB € CyTTEBOIO IJIs IXHBOI merpajmarrii.

InakruBania kimasu BIN2 ¢ocdarazoro BSU1 nmpuBoguTs 10
3HMKeHHA piBHA dochopuimioBanua BES1 i BZR1. edochopurio-
Bauua BES1 i BZR1 karanisyernsca docharasoio PP2A. Iledocdo-
punboBaHi (rimodochopunsoani) BES1 i BZR1 3B’a3yoThcs i3 mpo-
MOTOpaMu OpPacHHOCTEPOiA-peryIbOBAaHUX TeHiB i CHiJbHO 3 iHIMIuMHI
peryJisTopaMyu MOAYJIIOIOTH IXHIO eKcIpeciro.

Tpauckpunmiiinuii peryiaarop BZR1 3B’A3yeTbcsA 3 IPOMOTO-

pamu reuiB B obsacti BRRE (BR-response element) — cis-eie-
i LuTonnasma
e
\\\ ®
E3

‘ ATP | ADP w

Aapo BIN2
ATP | ADP (P 265
@ %

Mm Q‘lt

BRRE ®

Puc. 56. CurnasnpHa cucrema 6pacrHOCTEPOifiB y BimcyTHOCTI siranmy
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MEeHTy OpacuHOCTepOigHOI BiAmOBimi, DA AKOTO € XapaKTepPHOIO
kKoHcepBaTuBHa nocaigoBHicTb CGTGT/CG. Bararo reuis, 1mo ma-
1oThb y mpomoTopi eremeHT BRRE, € aktuBHUMU y BigcyTHOCTI Opa-
cuHOJIiga ¥ iHrioyrmoThca mim miero mporo ropmony. Hampuxian,
no BRRE-Bmicux rewiB HajeskaTh KJIOUOBI reHu OiocuHTesy Opa-
cuHOCTepoimiB. BpacuHocTepoigy KOHTPOJIIOIOTL BJIACHUNA rOMeOCTas
3a IPUHIIUIIOM O0EPHEHOI'0 HEeraTHUBHOI'O 3B’SI3KY 3a IOIIOMOIOI0 pe-
npecii Takux remiB. @axkTop BZR1 Gepe yuacTh TaKOXK B aKTHBa-
il reHiB, eKcOpecid AKX € BaKJUBOIO AJIA CTUMYJIAIII POCTOBUX
npoiieciB. AxtuByioua naigd BZR1 BuABAsAeThCA IPHU HOTO B3aEMO-
Oii 3 iHIMIUMU peryJasaTopaMyu TPaHCKPUIILii.

O&Ew 6pacrHonig

Lutonnasma

&

ATP

@)

-~

BRRE

Puc. 57. MexaHisaM TpaHCAYKI[il OPACMHOCTEPOITHOTO CUTHATY
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Koporkuii onuc iMoBipHOro MexaHi3My OpacHHOCTEPOITHOTO
CUTHAJLY

1.V sBigcyrHocTi 6pacuuocTepoiniB pemenTop BRI1 smoxasizosa-
HUHM y miIasmajiemi Ta 3B’sg3aHuil 3 inrioitopom BKI1 i pemen-
TOP-HOAiI0HOIO IMuTOILIasMaTuuHo Kinazoo BSK. Kunaza BIN2
MIPOSABJISE€ KOHCTUTYTHUBHY aKTUBHICTB i (pochopuaroe TpacKpim-
nitiai gaxTopu BES1 i BZR1. T'inepdochopunrboBani dpopmu
mux O0inKiB migmaioTheca yOIKBITHH-3aJI€:KHOMY IPOTEOJIi3Y.

2. 3B’sa3yBanHA OpacuHOCcTepoifiB 3 pementopom BRI1 crabinizye
IUMEPHi (hopMU pellenTopa Ta CTUMYJIIOE IXHIO KiHA3HY aKTUB-
HiCTBh.

3. BRI1 ¢ochopuiroe inribiTop BKI1, axkuii gucoiliroe Bif perier-
Topa.

4. BuBisbHeHi Bijg iHridoiTopa perentopu IUMepU3YVIOTHCA Ta aBTO-
GochopUgIOTE OOUH OLHOTO. Y pPe3yabTaTi ()OPMYyeThCSA IIO-
BepXHs OJd 3B A3yBaHHSA 3 Koperemntopom BAKI.

5. AcormitioBarni BRI1 i BAK1 TpaucdochopuIoo0Th OJUH OIHOTO.
Ile mpuBoauTh mo moBHOI akTumBallii BRI1.

6. Pemrentop BRI1 akTuBye Kinmasy BSK masaxom ¢ochopuiio-
BaHHS.

7. Kinaza BSK mucortiroe Big peremnrtopa Ta ¢ochopuiaioe docda-
tazy BSU1, mepeBogAaun ii B aKTUBHUUA CTaH.

8. ®ocdaraza BSU1 medochopurioe kinasy BIN2 Tta imakTusye ii.

9. Tpauckpumniiiiai peryasaropu BES1 i BZR1 y BigcyTHOCTI ax-
tuBHOCTi BIN2 medochopunioioreesa docharazoro PP2A i ma-
OyBaioTh CTa0iIBLHOTO TimodochopUILOBAHOTO CTAHY.

10. ®axropu BES1 i BZR1 3B’a3yoThcsa 3i cienuivHuMu eeMeH-
TaMU IIPOMOTOPiB OpacUHOCTEPOII-pPeryJJboBaHUX T'eHiB i CITiJIbHO
3 iHIIUMHU peryJsTopaMy TPAHCKPUIIILil MOAYJIIOIOTH eKCIPeCciio
reHis.
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(CDPK) 151,152,158, 159

KaJbIif-KaJIbMOAYIiH-3aI€KH]
KiHasu 158
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KaCKaJHWUI CUTHAJLHUI MexaHism 10,

15,16, 19
kinaza CTR1 52,169, 187-189
KiHmeBi mimeni 11, 14-16, 19, 20
KopenenTop 43-45,176,191,194
KPUITOXpOM 71-74
ecryl 71,72
ecry2 71,72
e cry3 71,72

n
JjereMoryobin 124
JismH  22-25,30
gisodocdominaza A 96,114,115
JiHOJIeHOBA Kucyaota 111-113,115,116
ginokcuresasa 111-112,114

M
Merakacmasza 9 125
MeTHJIKacMoHar 113
MeTioHiH-aseHo3uaTpanchepasa 125
Mmio-imosuTos 101,102

H
HiTpaT-pemykTasza 118,119
"HiTpuUT-NO penykrasa 119
HITPO3WJIYBaHHA MeTaJNiB 122-124
HiTpO3OTIyTaTiOH 125
HiTpO3OTIyTaTiOH-pegyKTaza 125
HiITPO30HiA ioH 117,122
HiTpOKCHUIaHioOH 117
HITpYBaHHS TUPO3UHY 122,126
HyKJeomopuH 50 79

(o]
oKcuj asoTy 116-127
OKCHJIETEMOTJIO0IH 124
12-okcodiromgienoBa Kucaora 111
12-okcodiTomonoeHoBa Kucaora 111

OKTaJeKaHOITHUN IIJIAxX 99,111-114, 165

n

meHTagieHoOBa cuctemMa 111
TepBUHHI MeceHmKepu 39, 86,94
HmepoKcHUHITPUT 117,118,122,124
mojiaminm 121
nouriochoinozuTua-crienudivHi

PLC 100-102,106-109, 115,116
nporeiHkinaza A 132,133,147
npoTeiHoBi docharazu 169-176

« DsPTP 172,173,176

« KAPP 170,176

« PP1 170-172,174-175

« PP2 170,171

« PP2A 170-172,174-175

« PP2B 170-172

« PP2C 170-172,174-175,186-187

- PPM
— ABI1 175
— ABI2 63,175

« PPP 170-172,174,175
« PTP 170,172,173,176
mpoTeacoma
«19S 30-33
« 20S 30-33
« 26S  22,29-31
« 30S 31
P
peakiIii-BigmoBigi 9
o MOBiNBbHI 9
o IMBUIKI 9
peryJsasaTopu BigmoBimi 46-50,181-183
« RR-A (perynaropu Bizmosigi
A-tumy) 48,50,182,183
« RR-B (perynaropu Bigmosini
B-tumy) 48,50,181,183
pernenTop 10,34-84
perenTopu ioHOTpOmHI 55, 148
penenTopu-kKaHamopopmepu 55-57
perenntopu UV-B  65-66
penenTop-noi6Hi KiHasu 42-45,
162-164
C
cBiTJIOBi perentopu 64-84
cemurpaucmemopansui (7TM)
pemenTopu 53 pauB. Takox G-6inok
cnonyuyeHi peuentopm (GPCR)
cepuH 44,70,78,110,132,147,155,165, 167,
168
cepuH,/TPeoHiHOBI mpoTeiHOBi
KiHasu 52,72,132,155-169
cynepokcunx 117,118,122
T
TUPO3UH 44,73,116,118,122,126, 155, 165,
166
TPaHCKPUNIiHUI Kackax 17-19
TpaHCKpUMIiiiHi dpakTopu 10,11,16-19,
50, 64, 66, 82,143,151, 152,162, 165,175,177,
187,189
« ABF1 152
« ABF2 187
« ABF4 152
« ARF 177-180
« Aux/TAA 29,61,177-181
« BES1 191-194
« BZR1 191-194
« CAMTA 151
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« CBF 151
« CO (CONSTANCE) 72
« EIN3 189
« EIN3-like 189
« EREBP 189,190
« GAMYB 184,185
« HFR1 84
« HY5 66,74,84
« HYH (HY5 Homologue) 74
« LAF1 84
« PIF3 82
« PIL (PIF3-Like) 82
« RR-B pus. perynsatopu signosigi: RR-B
(perynatopwu Bignosigi B-tuny)
« RSG 152
TPEOHiH 44,155,161, 165,166, 167
y
yO6ikBiTHH 22,23
yOiKBiTHH-aKTUBYIOUUI (DepMeHT
(E1) 25
yOiKBiTHH-KOH IOTYI0Unil (hDepMEHT
(E2) 25
yO6iKBiTHH-OIMOCEPEIKOBAHU I
CeJIEKTUBHUM ITPOTEeoai3 21-33,62,78,
81-84, 169,179,180, 184, 191, 194
yOiKBiTUH-TOIOHI GiIKMI
e 0inku 3 yOiKBiTHH-TIOAIOHUM
OOMeHOM 23
o yOiKBiTUH-TOAIOHL
mogudikaropu 23
yOiKkBiTHHYyIOUA IpoTeiHOBa Jirasa
(E3) 21,22,25-28,61,181
« COP1 73,74,82-84
« SCF-mirasa 25,27-29,59,62,179,184
— Cullin 27
— F-box 27-29,59,62, 184
- RBX 27
- SKP1 27
. Siahl 126
(0]
depineremorobin 124
diToxpom-acoriioBana docdarasa
PAPP5 82
diroxpomu 74-84
« PHYA 76-82
« PHYB 76-78,81,82
« PHYC 76
« PHYD 76
« PHYE 76
docharumarkinaza 108
docharuauminosuTosn 97, 100-103

docharTuauainosuTon-3,5-

nudocdar 104,105
docharuguainosuros-3-Kinaza 90, 104
docharuaurinosurona-3-pocdar 103,

104
docharuamainosuTo-3-hocdar-5-

KiHaza 104
docharuauainosuTo-4,5-

nudocdar 97,98, 104-106, 109, 116, 147
docharunguainosuron-4-kinaza 104
docharuaurinosuron-4-pocdar 104,

105
docharununinosuros-4-pocdar-5-

Kinmasa 105
docharunuainosuTos-5-dhochar 104
3-ocdorminepanbaeria-

merigporeHasa 126
dochoniecrepasa 94,128,131,133,134
docdoainaza B 95,114
docdominaza C 95,99-109, 115
docdoainaza D 95-99, 106,115,116
docdominasu A; 95
docdominasu A, 95,109-116
(dochopuroBaHHA

« aBTO)oC(hOpUIIIOBAHHA 36,44, 48,

70-73,75,78,145,152,158, 191
— TpaHCMOJIEKyJasApHe aBTodochopu-
JIIOBaHHSA 44,45,48,71,75,181

« TpaHCc(ochopuaoBaHHA 45,191
docdocepur 172,173
dochoTuposun 166,172,173,176
dochorpanchepasza 156
docdorpeonin 172,173
dororpomin 66-71

« photl 66,67,70

« phot2 66,67,70,71

X

xpomodop 65

IUKJIiH-aKTUByIOYa KiHasa 166

MUKJIiH-3aJIe;KHI KiHasu 165-167

HMUKJiHE 166, 167,176,183

MUKJIIYHUEA ageHosnHMoHODochar 127,
128,131-136, 132

MUKJIYHUN ryaHosmHEMoHodocdar 127,
136,137

nucTein 25,27,69,116,122,124,125,137,
163,173

MUCTEeIHOBUI MicTOK 51

MUTOKiHIH 81,181-183

mUTPYJIiH 120
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a
ANEpHI perenTopu TBAapuH 57-58
B
BRI1 6pacunocTepoigHmit
perenTop 44,137,162, 163,190-194
C
Ca*-ATPaza 143-145
« Ca’"-ATPasa ER-tuny 144
« Ca?-ATPasza, mo
aBTOiHTiIOyeThCS 144, 145
Ca?"/H'-aurunoprep (CAX) 145,146
Ca?"-xamamu 146-148
o TJIyTaMaT-pPerenTop-noaioHi
Ca?" kamamu 148
. nBymnoposi Ca’'-kamanu 148
« mirang-xeposani Ca®"-kamamu 147
o IIOTEHIiaJ-KepoBaHi
Ca%-gananm 146
CBL-B3aemopitoui mpoTeiHOBi
Kinasu 152,154,159, 160
CDK-akTuByioua Kinaza 167
D
DELLA-Ginku 62,184,185
E
EF-pyxka 110, 140-143, 145, 148,149,151,
152,157-159
F
F-box pemenTopu 59-61,108, 180
G
GAP pus. 6inKH, 110 aKTUBYIOTH
GTPasy
GDI puB. ryaHiH-HyKneotug aucowiouni
iHri6iTop
GSK3-ttonibui kiHasu 168
« BIN2 168,169,191,192,194
G-06imku 10, 53-55, 79, 85-93, 129-130

reTepoTpuUMepHi 53,54, 85-89
MOHOMEpHi 85, 86,90-93
— Arf 90,91
— Rab 90-92
— Ran 79,90,91
— Ras 86,90,91,169
— Rho 90,91
— ROP (Rho of plants) 90
G-6inku GPCR-tuny (GTG) 54,55
G-06iyok criosyueHi penmenTopu
(GPCR) 53,54,86,87
H
H"-ATPasza 105,145
HPt nomen paws. ricrugmHoBa
docdoTpaHchepasa

.

MAP kinasu
« MAPK 164,165,176
« MAPKK 157,164, 165,176
« MAPKKK 164,165,169
N
NO-cunTaza 119-130,120-131
P
PLA, pus. ¢ocdoninasza A,
PLA, pus. ¢ocdoninaza A,
PLB puB. ¢ocdoninazaB
PLC pgus. docdoninasaC
PLD gus. ¢ocdoninasa D
S
SNF1-toni6ui kinasu (SnRK) 160-162
« SnRK1 160-162,175
« SnRK2 63,64, 160-162, 175,186, 187
START-gomen perenropu 63,64, 175,
186
S-HiTpO3UAYyBaHHS IUCTEIHY 122,
124-126
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