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BBEAEHUE

CoBpeMeHHbIe UCCIeI0BAHUA (DU3MOJIOTUUECKUX (DYHKIIUI opra-
HU3MOB TECHO COIIPSKEHBLI ¢ M3YUeHNEeM MeXaHN3MOB BOCIPUATUSI
¥ BHYTPUKJIETOUHOM IIepelaur CUTHAJIOB. SHAHUE MEXaHU3MOB (DOp-
MUPOBAHUSA OTBETHOI peaKIlny KJETOK Ha BO3AeNCTBUE sKCTpaKJe-
TOUHBIX CUTHAJIOB IPUHITNINAJIBHO BAKHO IJIsI PA3BUTUA IIPECTAB-
JeHUN O PeryaAnuu (PyHKINOHAJIbHOM M MeTabOJINMUYecKOll aKTUB-
HOCTH KJIETOK. 9TO, B CBOIO Ouepenb, HEOOXOAMMO IJjid Oojee TIIy-
0OKOro MOHMMAHUSA CYII[HOCTH OHTOI'€HEe3a, 0COOEHHOCTEeH B3amMO-
IeficTBUA OPraHM3MOB C OKPY/KAIOIIEed cpefoil, U IPUPOALI PasHO-
00pasHBIX OMOJIOTHUECKUX (PDYHKIIMU JKUBBIX 00HLEKTOB.

VHTeHCHUBHOE HAKOILJIEHNE CBEIEHUH B 00JaCTH KJIETOUHOTO CUT-
HAJWHra MPUBEJO K MOSBJICHUIO 3HAUMTENBLHOrO KOJUYECTBA Te-
MaTHUUYECKUX O030PHBIX cTaTeil m MoHorpadwuit. OgHaKo OOJIBIITNH-
CTBO M3 HUX MOYKHO PEKOMEHIOBATh CTYAEHTAM TOJIbKO B KauecTBe
JOTOJIHUTEJbHON JUTEepaTyphbl, IOTOMY UTO TaKHe HCTOUHUKHU CO-
Iep:KaT OTPOMHBIN MACCHUB CIeIU(PUUeCKUX JAHHBIX, KOTOPBIN 3a-
TPYAHAET BOCIPUATHUE CTyJAEeHTaMU MaTepuaJjia 0 COOCTBEHHO MeXa-
HU3MaxX BHYTPUKJETOUHOI mepemauu curHajaoB. Hacrosiee yueo-
HOe IToco0ue SBJISAeTCs IOMBITKON aBTOpa CHCTEMAaTU3UPOBATDH OC-
HOBHBIE CBeJeHUA O BHYTPUKJIETOUHON CUTHAJIU3AIIUU PACTEHUH.
B KHure ommcaHbl CTPYKTypa, CBOWCTBA M O0COOEHHOCTU (PYHKIIHO-
HUPOBAHUA KOMIIOHEHTOB BHYTPHUKJETOUHBIX CUTHAJIBHBLIX CHCTEM
pacTeHUl, MEeXaHU3MBI PEIelIINN U TPAHCAYKIIUU BHEIIIHUX CUTl-
HAJIOB. YUUTHIBAA MOJUPYHKIIMOHAIHLHOCTh OOJBITMHCTBA CUTHAJID-
HBIX IIOCPEIHUKOB, UX y4yacTHe B (DU3MOJIOIMUYECKUX MPOIleccax Je-
TaJbHO HE paccMaTpPUBAIOTCAH.

Kuura He saABIsieTcs BCEOOBLEMJIIOIIUM KMCTOYHHKOM CBEIEeHIHA
0 MexXaHM3MaX Peleniiuy U CUTHAJIUHTA ¥ PAaCTeHUH, 1, BO3ZMOXKHO,
He gacT abCOJIOTHO BCEX OTBETOB HA BOIIPOCHI HamboJiee Ji0O0O3HA-
TeJabHBIX uuTaTtesneii. Tem He MeHee, 9TO yuyeOHOe ITOCOOME MOIKET
TMOCTYKUTH 0a30BOII CTAPTOBOM IIJIOMIAAKON M5 Hayasia OCBOEHUS
BCe eIlle MAJI0 M3YyUYEeHHOH 00JlacTh OMOJIOTUN — MEXAaHH3MOB pe-
HMenIuy U CUTHAJUHTA Y PacTeHUH.



1. SHAHEHUE, CTPYKTYPA U NPUHLUUAINDI
OYHKUNOHUPOBAHUA CUTHAJIbHbIX
CUACTEM KNETOK

1.1. 3BHAYEHUE CUTHAJIbHbIX CUCTEM
B BUOJIOTUYECKNX OBBEKTAX

JKuBble opraHu3MbI IPEACTABIAIOT CO00I OTKPBITHIE TEPMOIU-
HaMUUYeCKHUe CHCTeMbl, KOTOPbIe B 3HAUUTEJIbHOIN CTEIeHU 3aBU-
CAT OT BHEIIHero oKpysKeHus. C oqHOII CTOPOHBI, Cpena ABJIAETCSA
UCTOYHUKOM 9HEPTUU U CTPOUTEJBHOTO Marepuasa. Opranusmy He-
00X0IMMO aIeKBaTHO pearupoBaTh HA TH UCTOUYHUKHU, UTOOBI OITHU-
MaJbHO WX MCIOJb30BaTh. C IPYroil CTOPOHBI, cpefa He ABJAETCSA
CTabUJIBHON U MOCTOAHHO U3MEHSETCs, II09TOMY MOKET OBITh (haK-
TOpoM fgecTabunusanuu. Takue usMeHeHUs MOTYT UMETh KaK Iepu-
onuUecKuil (Ce30HHbIE, CYTOUHbIE PUTMBI), TAK U IPOU3BOJIbHBIN Xa-
pakTrep. @IYKTyalluy BHEIIHUX YCJIOBUU HaAOJIIOAAIOTCA HE TOJBKO
B paMKaX HOPMBI peaKIMUd OpraHmsMa. JKCTPeMajbHbIE€ YCJIOBUS
MOTYT HAPYIIUTh CTPYKTYPHYIO I€JIOCTHOCTHIO M (QYHKIIMOHAJb-
HYI0 aKTUBHOCTH OPTaHM3Ma, CTaBs IIOJ YI'PO3Y ero CyIIecTBOBa-
Hue. B sro6om ciydyae, 4TOOBI MUHHUMUBUPOBATH HEraTHUBHOE BJIU-
sAHUe HeOJAaronpUATHBIX YCJIOBUII, OPTaHU3M [IOJIKEH YMeTh pac-
IMo3HaBaTh M3MEHEHUsA B OKPYIKalollleii cpeae M, COOTBETCTBEHHO,
OTBEUATh Ha HUX W3MeHeHueM (GyHKIIMOHaJbHOII aKTuBHOCTH. Ta-
Kasd CIOCOOHOCTH IIO3BOJIAET OPraHM3My aJalTUPOBAThbCA K H3Me-
HAIIIUMCA YCJIOBUAM, a TaK:Ke d3(h(QeKTHUBHO pereHepupoBaTh II0-
BPEKAEHUA, CIPOBOIMPOBAHHBIE SKCTPEMAJIbHBIMU YCIOBUSIMU.

CmocoGHOCTBIO paclo3HABATH M3MEHEHUs B CPelie CYIIeCTBOBA-
Hus o0JiaflaeT He TOJBKO OPraHM3M B I[€JIOM, HO M KaKIas ero
KJeTka. IIpm aToM BHeIIHeHd (PKCTPAKJIETOUHOM) II0 OTHOIIEHUIO
K OTAEJIbHOU KJeTKe ABJsSeTCA He TOJbKO OKDYsKalolnas cpena Kak
TaKoBasg, HO U BHYTPEHHAs cpeaa opranmsma. IIpocTpaHCTBEHHO
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yIaJieHHble IPYT OT APYra Y4acTHh MHOTOKJIETOYHOI'O OPTaHM3Ma SB-
JISIOTCSA B3aMMO3aBUCUMBIMU U HOJIKHBI (DYHKIIMOHUPOBATEH COTJIA-
coBano. CorsacoBaHnHOCTL paboOThl BCeX YacTell opranmsMa obeclie-
yuBaeTcs Osaromapsa (GYHKIIMOHUPOBAHUIO CJIOYKHOM CHCTEMBI IIe-
pemauyy MeKKJEeTOUHBIX CUTHAIOB (XMUMHUUYECKUX, DJIEKTPUUECKUX).
Buosornueckue GyHKINY KJIETKU, CBA3AHHBIE C OHTOI€HETUYECKUM
pasBuUTHEM OpPraHM3Ma ¥ PeaKIluell Ha N3MEHSOIIUecs BHEeIHNe
YCJIOBUSI, PEaSn3yI0TCsA IIOCPEACTBOM PACIIO3HABAHUSA JKCTPAKJIe-
TOYHOTO CTHUMYJIA PEIlelITOPOM U JajbHeHIeld aKTUBAIluY MeXaHU3-
MOB Ilepefayl BHYTPHUKJETOUYHBIX CUTHAJIOB, KOTODPbIe IIPUBOAST
K (GOpMHUPOBAHUIO OTBETHOI pPeakIMy KJIEeTKH Ha BHEIIHUE BO3-
nelicTBUA.

BricTphie U MemJieHHbIe peakuu. BocrpusaTue SKCTPAKJIETOU-
HOTO CUT'HAJIA OCYIIECTBJISAETCA KJIETOUHBIMU PeIlellTopaMu, a 3a-
TeM IepefaeTcsi B COOTBETCTBYIOIIME KJIETOUHBIE KOMIIAPTMEHTHI
K KOHEUYHBIM MHUIIEHSM, OT KOTOPBIX 3aBUCUT (PYHKIIMOHAJIbHAS
aKTUBHOCTDH KJeTKu. OTBeTHbIE PEaKIIUU KJIETKU MIPUHATO AEeIUTH
Ha ObICTpBIe U MeJJieHHBbIe (puc. 1). BeicTphle peakmuu IPOSABIIA-
IOTCSA MPAKTUYECKU CPas3y I10CJe BOCIPUATHUS CUTHAJA, IIOCKOJIBKY
OHU CBSI3aHBI C U3MEHEHMNEeM AKTHUBHOCTU CUCTEM U UX KOMIIOHEH-
TOB, KOTOPbI€ IPUCYTCTBYIOT B KJIETKE HA MOMEHT BOCIPUSTUS CHUT-
Haja. IIpuMepom OBICTPBHIX PeaKIUii MOTYT CIYKUTh N3MEHEHUs MH-
TEHCUBHOCTY ¥ HAIPABJICHUS TPAHCMEeMOPAHHBIX MOHHBIX IIOTOKOB

CurHan CurHan
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7, //’-‘\\\ s /—\\\
/7/ flapo \\\\ 7/ Anpo \\\ @
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BbicTpble peakunn MepaneHHble peakummn
Puc. 1. BoicTpble U MeJJIeHHbIE PEaKI[UU:
R — pementop; P — 0eJloK, CUHTe3UPOBAHHBINA
E — depmenT; de novo;
C,, — IOIJIOLIAIOIINI KaHAaJI; tk — TpaHCKpUIIIU;

Cout — BBIBOIAIINIT KaHAJ; tl — TpaHcHAIUS
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¥ CBSIBAHHBIX C 3TUM IIPOIECCOB MOIYJISAIIUN aKTUBHOCTU (hepMeH-
TOB. MeajieHHbIe peaKI[uu 3aBUCAT OT 0EJIKOB, CUHTE3UPOBAaH-
HBIX de NOVOo, TO eCTh OHU COIPSAMKEHBI C NU3MEHEHUEM DKCIIPECCUU
reHOB, II0ATOMY Pa3BMBAIOTCA B TeueHUe 0oJjiee AJIUTEIbHOTO Bpe-
MEeHH II0 CPAaBHEHUIO ¢ ObICTPhIMU. V3MeHeHMe Habopa SKCIIPecCH-
PYIOIUXCA T€HOB OCYIIECTBJISAETCS KAK 3a CUeT MOAYJISIUU aK-
TUBHOCTHU MPEICYIIECTBYIOIINX TPAHCKPUMIIIUOHHBIX (DAKTOPOB, TAK
Y CUHTE3a HOBBIX TPAHCKPUIIIIMOHHBIX PEryJISTOPOB.

1.2. KOMIMOHEHTbI CUTHAJIbHbIX CUCTEM

CucreMbl BHYTPUKJIETOUHON TPAHCAYKIIMU CUTHAJOB COCTOSAT
13 Pa3HOOOPA3HBIX KOMIIOHEHTOB, PA3JIMYAIONIUXCA 0 HA3HAUEHUIO
U BBINOJHAEMBIM QyHKIMAM. OCHOBHBIMY KOMIIOHEHTAMU CUTHAJb-
HBIX CUCTEM SABJISIOTCA PEIenTOphbl, 3G (GEeKTOPhl, BTOPUYHBIE MeC-
ceHmKepbl, G-0enKy, MOAMMUIIUPYIOIINE CUTHAJIbHBIE (DEPMEHTHI,
ajarTepHble MOJIEKYJIbI M KOHEUYHbIE MUIIIEHU.

PenenTopsl BOCIIPMHUMAIOT SKCTPAKJIETOUHBIE CUTHAJIBI U 3aITyC-
KaloT KaCKaJIHBIN CUTHAJNBHBLIN MeXaHM3M BHYTPHU KJeTKu. KieTku
00JIa1al0T PASHBIMHU TUIIAMU CIEINAJU3UPOBAHHBIX PEIeIITOPOB,
PacIIOSHAIONIUX ONpeAeJeHHBIN BUJ CUTHAJA.

G-6eaxu — ocoOble CHUTHAJbHBIE MOJEKYJbI, 00Jiagaorne
GTPasuoii akTuBHOCThI0. CIOCOOHOCTh IIepemaBaTh CUTHAJ 3aBU-
CHUT OT TOTO, Kakoi m3 HykJeoTumoB (GDP uaum GTP) maxomurcs
B T'YAaHUHHYKJEOTU-CBA3BIBAIOIIEM II€HTPE.

ddderTopsl (uau 3(hHeKTOPHBIE MOJIEKYJIbI) — 3TO (DePMEHTHI,
KaTaJnus3upyHoIlie CUHTe3 BTOPUUYHBLIX MecceHI:KepoB. K addexTo-
paM Takske cJeayeT OTHEeCTU KaJbI[MeBble KaHAJbl U MEePEHOCUYUKH,
OT KOTOPBIX HEIIOCPEJCTBEHHO 3aBUCUT KOHIIEHTPAIIMA MOHOB KaJb-
U B IIUTOIJIa3Me.

Bropuunsie MecceHIKepPbl — 9TO HU3KOMOJIEKYJIAPHbIE OPTaHU-
YecKUe COeIMHEeHUA UJIU MOHBI, CIIOCOOHBIE 00eclieunBaTh Iepesauy
CUTHAJIA TYTEeM aJIJIOCTEPUUYECKON PEeryJsalliy CUTHAJIbHBIX IIOCPE.-
HUKOB. Moayndanusa akTUBHOCTA KOMIIOHEHTOB CUTHAJILHOM Ilenu
BTOPUYHBIMU MECCEH/XKEePaMU OCYIIECTBJSAETCSA IIPU MOCTUKEHUU
MU OIpeJesieHHON KoHIeHTpanuu. Ha ypoBHe addexTopoB obec-
ImeuyrBaeTCcA yCUJIEeHUe CHUTHAaJla, TaK KaK OHU CUHTE3UPYIOT 0O0JIb-
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11oe KOJIMUYECTBO BTOPUUYHBIX IMOCPEJHUKOB, KOTOPHIE MOTYT aKTH-
BUPOBATH MHOYKECTBO ITOCJEAYIONINX CUTHAJIBHBIX ITOCPETHUKOB W
KOHEUYHBIX MUIIEeHEeH.

ApanTepHble MOJIEKYJIbI — OeJKM, KaK MpPaBUJIO, He 00Jamato-
mue CIelnuduuecKoii aKTUBHOCTHIO, IIOMUMO CIIOCOOHOCTU B OIpese-
JIEHHBIX YCJIOBUSAX B3aUMOJIEMCTBOBATH OJHOBPEMEHHO C JBYMS WU
0oJlee CUTHAJIBHLIMU IOCPEIHUKAMU. B3auMomencTBIe OCyIeCTBIIsA-
eTcs 3a cueT KOMILJIEMEeHTapPHBLIX moBepxHocTeill. Hampumep, peren-
TOP MOJKET BO3AEeHCTBOBATh Ha 3(P(EeKTOp MJIM HMHYI CUTHAJIBHYIO
MOJIEKYJIY TOJBKO Uepes3 aJalTepHbIN OeJloK.

CurnajgsHbIe MOJIEKYJBI-(DePMEHTHI 00eCIIeYnBAaIOT IOCTTPAHC-
JATMOHHYI0 MOAUMPUKAIINIO IOCPEeIHUKOB mepenaun curnasua. (Cie-
OyeT OTAnYaTh OT 3(P(PEeKTOPOB, KOTOPhIE TOXKE ABJIAIOTCA (hepMeH-
TaMUu, HO CIIEI[UAJU3UPYIOTCA HA CUHTE3e BTOPUUHBIX MECCEeHIKe-
PoB.) BoJBIIIMHCTBO TOCTTPAHCIAIMOHHBIX MOAUMDUKAIINI, UCIIOIb-
3yeMbIX B CHUTHAJIMHTE, IMeeT O0paTUMbLIII XapakTep. BemyIiyio
POJb CpeIu TaKWX CUTHAJBHBIX ITOCPETHUKOB BBITIOJHAIOT ITPOTE-
MHKWHAa3LI U IpoTrenH@ocdarassl, obecneunBaIne KMHA3HO-(oC-
daTas3HbI ITUKJI.

Koneunbie MuiiieHn obecrieunBaoT HeoOXoaumoe QYHKIIMOHAb-
HOEe COCTOSIHNE KJIeTKHU JJIs KOHKPEeTHBIX yCJOBHii. B KauecTBe KO-
HEUHBIX MUINIEHEH BBICTYIAIOT, HAIIpUMeEp, (DePMEHTHI WMJIU TPaHC-
KPUIIIIUOHHBIE (PaKTOPHI.

3amycK TPaHCAYKIIUM CUTHAJA B KJETKEe HAaUMHAETCA C pellell-
TOpa M 3aKAHYMBAETCS MOIYJIAIMEH aKTUBHOCTH KOHEUHBIX MUIIIE-
Heli. OgHAKO IIPOMEKYTOUHbIE KOMIIOHEHTHI CUTHAJNBLHON CHCTEeMBI
MOTYT OBITH IIPEACTABJIEHBI MIMPOKUM CIEKTPOM Pa3HOOOpPasHBIX
(GYHKIIMOHATBHBIX MOJEKYJ. KolnuecTBO M TUII KOMIIOHEHTOB Ka-
JKIOW KOHKPETHON CUrHAJbHOW CHCTEMBI B OIpeIesIeHHOW Mepe
cunenuduuabl. Hanpumep, B HEKOTOPBHIX CHCTEMAX MOTYT OTCYTCTBO-
BaTh 9(PEKTOPHI U BTOPUYHBIE MECCEHIKepPhl, a B APYTruX B Iepe-
Jade CUTHAJIA MOTYT OBITH 3a/eICTBOBAHBLI HECKOJIBKO THUIIOB (-
(GEeKTOPHBIX MOJIEKYJI, & COOTBETCTBEHHO, I BTOPUUYHBIX ITOCPEIHU-
KOB, JEeMCTBYMOINX IIOCJeNOBaTeIbHO MJIM IIapaJuieabHo. Hamubo-
Jee KOPOTKAas CUTHaAJbHAA ITEIOYKa HaOJIoJaeTcs B TOM cCJydae,
€CJI PeleITop SABJIAETCS OJHOBPEMEHHO KOHEUHON MuiieHbo. Ha-
mIpuMep, CYIIeCTBYIOT PEeIenTOpPhl JUIOMUIbLHBIX JUTAHA0B, KOTO-
pble OTHOBPEMEHHO SIBJAIOTCA TPAHCKPUIIIMOHHBIMU (haKTOpaMmu.
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1.3. CYLUHOCTb NMEPEAAYUN CUTHATIA

HN36uparenbHoCTh B3aumMomeiicTBua. Mexay OByMdA JIOOBIMU
MaKPOMOJIEKYJIaMU HJIU MUKPOMOJIEKYJIAMU BO3MOYKHO B3aWMO-
merictBue. OfHAKO NIPWM HAJWYUU OTPOMHOTO pasHOOOpasus Be-
IIECTB B KJETKe HAOII0JaeTcs CTporas yIOPAJOYEeHHOCTb B3aWMO-
neficTBUII, HEKaA WX «OCMBICJIIEHHOCTh». Hampumep, KaTtamuTmue-
CKad aKTUBHOCTL ()epPMEHTOB HAIpaBJjieHA Ha CHeNMUMUUECKUIl cyd-
CTPaT, CTPYKTYPHBIE MOJIEKYJIBI YKJIAIBIBAIOTCA B arjioMepaThl, 00-
pasyd KJETOUHbIE CTPYKTYPhI, TOPMOHBI B3aUMO/I€HICTBYIOT C OIIpe-
IeJIeHHBIMU perenTopaMu 1 T. A. IlomoGHBIM 00pa3oM CIermuGuaHO
B3aUMOJEeMNCTBYIOT APYT ¢ APYI'OM CUTHAJIbHBIE MOJIEKYJIBI.

MesxMoOJIeRyIAPHbIE B3aUMOIEHICTBUA OCYIIECTBIAIOTCA 3a CUET
cnabbix cui. YToObI 9TU CcUIBI ObLIN 3PHEKTUBHBIMU U ITO3BOJIUIN
n30MpPaTEeIbHOCTh B3BAMMOIEHCTBIA, HEOOX0AMMO 00pa3oBaHMEe MHO-
skecTBa cBA3eii. Ciabble CMJIbI, KAK MB3BECTHO, IPUOOPETAIOT MAaK-
cuMaJIbHble 3HAUEeHUs, eCJIU B3aUMOelNCTBYIOINe I'PYINbl HAXO-
IATCA Ha COOTBETCTBYIOIINX PACCTOAHUAX APYT OT apyra. IloBepx-
HOCTHU B3aMMOJIEHCTBYIOIINX MOJIEKYJI, IIO3BOJIAIONNE 00Pa30BHI-
BaTh ONTHUMAaJIbHOE KOJUYECTBO CJIA0OBIX CBA3el, Ha3bIBAIOTCA KOM-
mIeMeHTapHbIMH (puc. 2).

IIpu GpopMUpPOBAHUY CTPYKTYPHBIX arjIOMepPaToOB, IIPEICTABIIAO-
muX co0OM CTaTUYHBIE KOMIJIEKCHI, YACTO SABJIAETCA BAKHBIM HAJIMI-
yre MaKCUMAaJILHOTO KOJMUYecTBa caabbix cBaseii. OmHako mpu obpa-
30BaHUU JUHAMWUUYHBIX CUCTEM, OJIA (I)yHRLU/IOHI/II)OBaHI/IH KOTOPBIX
OPUHIUNUAJIBHLIM ABJIAETCA He TOJIBKO accoluanusa, HO U LUCCO-
muanusa MOJEKYJIAPHOTO KOMILIeKCa, HeOOXOOUMO YCTAHOBUTEL OII-

KOMMNIeMeHTapHble HeKoMniieMeHTapHble
NOBEPXHOCTN NOBEPXHOCTN

Puc. 2. KommiemeHTapHbIE 1 HEKOMIIJIEMEHTaPHbIE IOBEPXHOCTU MOJIEKYJI.
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THUMAaJIbHOE YKCJO CIabbIX CBs3ell, KOTOPOe, C OJHOI CTOPOHBI, II0-
3BOJIUT CHEIU(PUIHOCTL B3aMMOIENCTBUSA, a C IPYyroil, He 3aTPYy.I-
HUT OUCCOIMAITUIO.

IIpu cmenupuueckoM B3aUMOAEHCTBUU MAKPOMOJEKYJ HabJI0-
IaeTcs B3aMMHOE€ BJIMUSHUE UX DJIEKTPOHHBIX ILJIOTHOCTEH APYr
Ha apyra. B pesyabraTe 3TO IPUBOAUT K M3MEHEHHUIO KOH(pOPMAIIUU
MOJIEKYJI, UTO HEIIOCPEeICTBEHHO OTPAYKAeTCsI HA MX aKTUBHOCTH.

MexaHu3MBbI TepemayM CUTHAJA. B OCHOBe Iepemadyu cuUrHaJa
JIEIKUT MOJIEKYJIAPHBINT MEeXaHU3M, IIOCPEICTBOM KOTOPOr0 M3MEeHsI-
eTCsl AaKTUBHOCTb CUTHAJBHBIX ITOCPEIHUKOB. MOIyaAIUs aKTUB-
HOCTU ITOCPEIHUKOB OCYII[ECTBJISETCA PA3HBIMU CIIOCO0aMM, Cpenu
KOTOPBIX Haubojiee BAKHBIMU SBJISIOTCS:

1) B3amMHOe CBA3BIBAHUE, OIIPENegeMOe HAJIUUUEeM KOMILIEeMEeH-
TapHBIX MOBEPXHOCTEH (HAIIpUMep, Y3HABaHWE TOPMOHA peIlel-
TOPOM);

2) xkoBaJieHTHasd Momu(puramusa (BBeJeHUe MU OTIIeIJIeHne TPYIIIT;
obpasoBaHre MJINU Pa3pbIB CBA3ell B MaKPOMOJIEKYJIAX-KOMIIO-
HEHTaxX CUTHAJLHOU ITeIn);

3) u3MeHeHUe MUKPOOKPY:KeHUA (U3MeHeHVe KOHIIeHTPAIuU MOHOB,
B TOM uucJyie mpoToHOoB (pH), M HU3KOMOJIEKYJIAPHBIX OPraHU-
YECKUX PEeryasaTopoB).

JIto6oe 13 3TUX BO3[EHCTBUI IIPOBOIMPYET M3MeHeHne KOH(MOoP-
MaIlu¥ MAaKPOMOJEKYJILI-IIOCPEIHUKA, OT KOTOPON 3aBHUCUT €e aK-
TUBHOCTH. MOAYIAIINA aKTUBHOCTYA CUTHAJIBLHOTO IIOCPEIHUKA OIpe-
IeJIsIeT ero CIIOCOOHOCTh BO3eHCTBOBATHL HA MOCIENYIOINe KOMIIO-
HEHTBI CUTHAJIbHOM 1ienu (puc. 3). B 1mesoM, akT mepegayu curHaa
B paMKaXxX OJHOTIO IMOCPEIHUKA MOYKHO IIPEICTABUTL B TAKOM BUJE:

BO3IelcTBIEe — M3MeHeHue KoHdopMaium —
— U3MeHeHNe aKTUBHOCTU

Heo6xomumMo 3aMeTUTDH, UTO IIPU BOCIPUSITUU CUTHAIA AKTUB-
HOCTDH IIOCPEIHHKA MOYKET M3MEHATHCS B PAa3JIMUYHBIX HaIpaBJie-
HUAX U C PA3JIUYHOM CUJION. TO 3aBUCUT OT KOHKPETHON CUTHAJIL-
HOUM mapbl U OCOOEHHOCTEH MX B3amMOAelcTBUSA. AKTHUBHOCTH IIO-
CPeIHUKA MOYKET I'PDAJAHEHTHO YMEHBIAThCA WJIHN YBEeJIUYUBATHCSH,
a Tak’Ke aKTUBUPOBATHCA U3 PEIPECCUPOBAHHOIO COCTOAHUS (BKJIIO-
YyaThCA) WM, HA000POT, MHTMOUPOBATHCA (BBIKJIIOUATHC). (s omu-
caHUuA (PYHKIIMOHUPOBAHUS TUIOTETUYECKUX CUTHAJBHBIX CHUCTEM
¥ IIOCPEAHUKOB MBI OyZeM IOBOPUTL O MOAYJIAIIUY WJIN M3MEHEHUN
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aKTUBHOCTU MAKPOMOJIEKYJI-IIOCPEIHNKOB, TAK KaK aKTUBAIIUS CUT-
HaJILHOM CHCTEMbI MOJKET OBITH CONPSKEeHa KaK C aKTUBaIlllel, Tak
U C pempeccueil OTAEJTbHBIX KOMIIOHEHTOB Y MOJYJel CUCTEMBI.)
151 HU3KOMOJIEKYJISAPHBIX PEryJATOPOB (BTOPUYHBIX MECCEH-
I’KEPOB), KOTOPBIE OIIOCPEAYIOT Mepenady CUTHAJIa MEKAY IBYMS
MaKPOMOJIEKYJIAMU, CYIIEeCTBEHHBIM IIPU3HAKOM YYACTUS B CHUl-
HAJIbHOM MeXaHW3Me SABJISETCA U3MeHeHNe KOHIIeHTPAaIlUu.

MaxkpoMoJieKyJJIIpHEIe HuskomoliekyJIgpHbie
IOCPeTHNUKU IOCPeJHUKH

e BozzelicTBUe (IPUHATHE ® MOAYJIANUA aKTUBHOCTU
curHasia); 5(dHEeKTOPOB MIAU MOHHBIX

e 3MeHeHNe KOH(pOpMaIuu; KaHaJOB;

e I3MeHEeHUEe aKTUBHOCTU e U3MeHeHNe KOHIeHTpauuu
(roToBHOCTH K Ilepenaue BTOPUYHBIX MECCEHIKEDPOB;
cursaa) ® MOAYJIANUA aKTUBHOCTU

CUTHAJIbHBIX IIOCPEIHUKOB

Puc. 3. Ilepemaua curnanua:

A — xommonenTsl K1 u K2 He B3auMOAeCTBYIOT APYT C APYIOM;

B — xoBasentHas momuduranusa KommoHenta K1 (dochopunrupoBanue)
MIPOBOIIUPYET U3MeHeHre KOH(GOPMAIlUU MOJIEKYJIbI, B Pe3yJIbTaTe Yero o0-
pasyeTcsa IOBEPXHOCTH, KOMILJIEMEHTapHAA IIOBEPXHOCTU MOJIEKYJBI KOM-
mouenTa K2;

B — kommonenTtsl K1 u K2 B3aumopeiictsyior: K2 npuobperaer KoHDOP-
MAaIUI0, ITO3BOJIAIOIIYI0O B3aMMOIECTBOBATL C MOCJIEAVIOIMM KOMIIOHEH-
TOM CUT'HAJIBbHON CHUCTEMBI
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TpaHCAYKIINA CHUTHAJIa OT PelenTopa OO0 KOHEUYHBIX MUIIeHEe,
B KOTOPO# MOKeT ObITh 3aJeCTBOBAHO MHOKECTBO KOMIIOHEHTOB,
SIBJISIETCS, [0 CYIIECTBY, IMOOUYEPEeIHBIM M3MEHEHUEM aAKTHUBHOCTU
IMePEeHOCYNKOB CUTHAJA, 4 B CJAydYyae BTOPUUYHBIX MECCEHIKEPOB —
UX KOHIIEHTDAIlUU.

Hampumep, pelentop B pe3yJjbTaTe aKTUBAIUU IpuobperaeT
CIIOCOOHOCTH B3aMMOIEHCTBOBATh C aJallTePHBIM 0€JIKOM, uepes Ko-
TOPBIN OH cTUMYJIUPYeT adderTop. IPdekTop KaTaIu3upyeT CHUH-
Te3 BTOPUYHBIX MECCEHIKEPOB, MOAYJHUPYIOIIUX aKTUBHOCTH IIPO-
TEeMHOBBIX KHHaA3 M T. O. TakuM o0pasoM, KaKIbIA CUTHAJbHBIN
IMEePEeHOCUYNK BJIUAET Ha OUEPEeIHOM KOMIIOHEHT CHUCTEMbI TPAHCIYK-
MY CUTHAJIA, U3MEHAs ero (PyHKIMOHAJbHOe cocTosHue. IIpuuem
MOZAYJISAINSA aKTUBHOCTA OJHOT'O KOMIIOHEHTA IIPeIOIIpelesseT N3-
MeHeHUe aKTUBHOCTH Apyroro. IlociemoBaTesibHOE M3MEHEHME CO-
CTOAHUSA MEPEHOCUMKOB CHUTHAJIA IIPeNCTaBJIAeT CO00 KacKam pe-
aKIuii, IMIOATOMY TaKOIi CIIOCO0 mepemaur BHYTPUKJIETOUHBIX CHUT-
HAJIOB YaCTO HA3BIBAIOT KACKATHBIM MexXaHM3MoOM (puc. 4).

IIpu onmcaHWM CUTHAJBHBIX CHCTEM AJIs1 0003HAUEHUS OTHO-
CUTEJIbHOTO IMOJIOKEHUSI KOMIIOHEHTOB YACTO HCIIOJb3YEeTCS Tep-
MUHBI anmcTpuM (upstream — BBepX IO TEUYEHWIO) U JAYHCTPHUM
(downstream — BHU3 1m0 TeueHUi0). Bce peryasaTopsl, OT KOTOPBIX
CTEeKaeTCs CUTHAJ HAa KOHKPETHBI KOMIIOHEHT, SBJSIOTCS II0 OT-
HOIIIEHHWIO K HEeMY alCTPUM CUTHAJLHBIMM KoMmIoOHeHTamu. Torma
KakK peryJjsaTopbl, Ha KOTOPbIE MEepelaeTcs CUTHAJ, HA3bIBAIOT [a-
YHCTPUM CUTHAJIBLHBIMU KOMIIOHEHTAMU. [IpeamosoKuM, B CUTHATIb-
HOU cucTeMe PYHKIIMOHUPYIOT 5 KOMIIOHEHTOB U Ilepefada CUrHaja

Het curnana @%’@%(B)% T
CurHan —»@—»@—»(B)—»| T |—>3¢¢eKT

Puc. 4. KackagHpIll MeXaHU3M.

CurnanbpHad cucTema, cocrodmias us perenropa R, koHeunoi mutesu T u
IIPOMEXKYTOUHBIX KOMIOHEHTOB A um B, B oTcyTCcTBMU curHaia npeGbIBaeT
B HEaKTHUBHOM cocTosdHuu. CTUMyJIMpOBaHUE PEIelTopa COOTBETCTBYIO-
M CUTHAJOM IIPUBOAUT K IIOCJEIOBATEJLHON MOAYIAINNNA AKTUBHOCTHU
BCE€X KOMIIOHEHTOB CHUCTEMBI, UTO B pPe3yJibTaTe IPUBOAUT K PASBUTHUIO OT-
BETHOM peaKIuu Ha curHaJ (3pdexT)
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ocylrecTBJadeTcs B HampaBaenuu 1 — 2 - 3 > 4 — 5. Torga or-
HOCHUTEJIHHO KOMIIOHEHTa 3 PeryJsaTopsbl 1 u 2 ABISIOTCS alCTPUM,
a4 ub — JayHCTPUM CUTHAJBHBIMHU IIapTHEPaAMU.

B ymporiiieHHOM BapuaHTe KacKaIHBIA MeXaHM3M MOXKET OBIThb
IpejcTaBJeH B BHUIE JUHEHHON MOCJIeS0BATEJbHOI Iepemadyur CUT-
Hama. OgHAKO, Ha caMOM jeJie, dallle BCero paciupocTpaHeHUe CUT-
Haja B KJETKe MMeeT BeepPHBbIN XapaKTep, TO €CTh CTUMYJIAIUSA Of-
HOTO peIrenTopa MOAYJIUPYEeT aKTUBHOCTb, KaK IIPAaBUJIO, MHOMKECTBA
KOHEUHBIX MuIlleHeii. Hampumep, moa BosgeiicTBEM KOHKPETHOTO
TOPMOHA B KJIETKE aKTUBUPYETCA 9KCIIPECCUs I1eJ0r0 Habopa TeHOB.

Kpome Toro, MmHOTHE 13 MHTPAKJIETOUYHBIX CUTHAJBHBIX CHUCTEM
TEeCHO B3aMMOCBA3AHBI JPYT C APYroM. B3amMomeicTBysa, OHU MOTYT
CcII0cOOCTBOBATH B3AUMHOMY YCUJIEHMIO, OCJIA0JeHII0, a TaKIKe IIPOo-
ABJIEHUIO KAueCTBEHHO MHOTO 3(d)(eKTa IO CpaBHEHUIO C TeM, KO-
TOPBIN MPOABJASAETCA MTPU (PYHKIIMOHUPOBAHUM ITUX CUCTEM IIO OT-
meabHOCTH. KackamHble MeXaHU3MBI MOYKHO TIPEJICTAaBUTH B BUIE
CUTHAJIbHOII CeTH, IPOHU3LIBaoIell KJIeTKy. CUTHAJIbHBIE IIyTH MO-
TyT OBITH HACTOJBKO IEpeIeTeHbl U B3aMMO3aBUCUMBI, UTO ITOPOH
TPYAHO UIEHTUPUIIUPOBATH NPUUYNHHO-CIEICTBEHHBIE CBA3SU MPU
U3YUYEeHUU MEXaHW3MOB TPAHCAYKIIUY CUTHAJA.

1.4. SOQEKT YCUNEHUA B CUTHAJNIbHbIX CUCTEMAX

Ba:xkHOI XxapaKTepHCTHKOII MexXxaHM3Ma BHYTPUKJIETOUHON IIe-
penaum curHasia spiaserca (et ycumiaenusi. Biaromaps sTomy
CBOMICTBY KJIETKU CIIOCOOHBI (DOPMHUPOBATH CYIIECTBEHHBIE OTBETHBIE
peakuuy Ha BO3JelcTBHe CJA0OBIX BHEIIHUX CUTHAJJOB. OOmii
NPUHIUI ycuauBamwmero sagdexra — yBeJnuyeHue KOJIUUYECTBA CHUT-
HAJbHBIX IOCPEJHUKOB B Ipollecce PacHpoCTPaHEHUS CHTHAJA.
Vcunenue curtHajia oCyIIecTBISETCS TOJHKO HA KOHKPETHBIX yYacT-
KaxX CUTHAJbHOU Ilenu. Ecau MMoCpegHUKM yJacTBYIOT B Ileperaue
CUTHAJIA B 9KBUMOJSPHBIX KOJUUECTBAX, TO YCUJIEHUS HE IIPOUC-
xonut. Hampumep, mpu mepenade cUrHajia IIyTeM B3aUMHOTO CBs-
3bIBAHUs OJHA MaKPOMOJIEKYyJia MOIYJIUPYeT aKTHUBHOCTH TOJBLKO
onHoit Mojerkyabl. OOHAKO eCJii B CUTHAJIBHOM MeXaHU3Me yda-
CcTBYIOT (hepMeHTHI, HaOomaerca yecuauBatomuii agpdexr. Tak, ad-
deKTOpHAS MOJIEKYyJa B pesyJbTaTe aKTUBAI[UU CUHTE3UPYET MHO-
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JKEeCTBO BTOPHUYHBIX MECCEHIKePOB, KOTOPbIe OYAYT PeryampoBaTh
AKTUBHOCTb 3HAUUTEJIHLHOTO KOJIMUECTBA CUTHAJIBbHBIX ITOCPETHUKOB,
B TOM 4YWCJie KOHEUHBIX MuUlleHei (puc. H).

Ha yuacTke ycujaeHusA cuUrHaJjia IMIOMUMO YBEJIWYEHUS KOJHUUEe-
CTBAa OJHOTHUITHBLIX PETyJISTOPHBIX MOJEKYJ, B CUTHAJbHBI Mexa-
HU3M MOTYT BOBJEKATHCA MOCPEIHUKM PasHbIX TuUnoB. Hampumep,
TaKue BTOPUYHBIE MECCeHIKephbl, Kak moHLl Ca’" cmocoGHELI MOLY-
JUPOBATh AKTUBHOCTH HECKOJBKUX THUIOB CUTHAJBHBIX TOCPEIHU-
KOB — (DepMEHTOB, TPAHCKPUIIIMOHHBIX (PAKTOPOB, MOHHBIX Ka-
HAJIOB U IP.

AddeKT ycuieHus obecleunBaeTcsa B pe3yjabTaTe (QYyHKI[MOHU-
POBaHUSA CJAEAYIOIIUX ITPOIECCOB:

® CUHTE3 BTOPUYHBIX MECCEHIKepoB s(pdeKTopamu;

® TOCTTPAHCIAAIMOHHASA MOIUMDUKAIIMA CUTHAJBHBIX MaKpPOMOJIe-
KyJa (KuHa3bI, dochaTasbl U Op.);

® TPAHCJAANUA U TPAHCKPUMIIIUS;

e U3MeHeHNe CKOPOCTH IoToKa moHoB Ca?’ uepes memOpany

(Ca?'-xaHaJbl U IEePEHOCUUKN).

3¢ dekT

Puc. 5. 9dpdeKT ycuneHus B CUTHAJIbHBIX CHCTEMAaX.

AbderT yecumenus Hadbaogaercsa Ha srame 2—3 u 4—5. KommonenTs: 2 u 4
MOJIYJUPYIOT aKTUBHOCTb MHOKecTBa Murieneii. Kommonentsr 1 u 3 B3au-
MOJEMCTBYIOT ¢ KOMIIOHEHTaMu 2 U 4, COOTBETCTBEHHO, B OKBUMOJIAPHBIX
KOJIMUecTBax
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1.5. TPAHCKPUMUUOHHbIN KACKAL

PasBuTHe OTBETHONW peaKIMy HA BHEITHUE BO3IAEWCTBUSA YaCTO
COTIPOBOJKJAETCA aKTUBAIME!l T€HOB, KOAWPYIONINX TPAHCKPUIIIN-
OHHBIE PeryJaaTopbl. BHOBL cuHTe3UPOBaHHBIE (DAKTOPHI TPAHCKPUII-
IUU YYacTBYIOT B PeryJadAllUN SKCIPECCUM BTOPOIl I'DYHIIBI I'€eHOB.
Takum 06pa3oM, CUTHAJIBHBIA MEXaHU3M MOYKET BKJIYATH B ceddA
He TOJIbKO aKTUBAIIUIO0 TPAHCKPUIIITMOHHBIX (DAKTOPOB, HO M UX CUH-
Te3. MexaHmaM, BKJIIOYAIOIUI HECKOJbBKO MIOCJEeIOBATEJIbHBIX
TPAHCKPUMIINI, Ha3hIBAIOT TPAHCKPHUIIIMOHHLIM KacKamoMm (puc. 6).

TpaHCKPUNIIITMOHHBIN KacKaj IIPeACTaBIsIeT co00i IITUPOKO pac-
IpocTpaHeHHOe ABJieHWe. ['pyIma reHoB, aKTUBHOCTH KOTOPBIX M3-
MEHAETCA IION ,ZIefICTBI/IeM BHEIITHEro CUrHajia B II€PBYIO Oouepenb,
Ha3bIBae€TCA PAHHUMMH. FeHBI, AKTUBHOCTBh KOTOPBIX MOAYJUPYETCA
BHOBb CUHTE3UPOBAHHBIMU TPAHCKPUINUOHHBIMU PEryIaTOpaMu,

carsan — (&) — (A) = &) —~ O AR
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Puc. 6. TpaHCKPUNIIMOHHBIN KacKam.

BHemrHuii curHaja, BOCIPUHMMAEMBIN KJETOYHBIM pelentTopoM R uepes
KoMIIoHeHThI A u B mepemaercsa Ha TpaHCKPUIIINOHHBIHA (axTop C, KOTO-
PBIli aKTUBUPYET 9KCIpeccuio reHa D, KOAUPYIOIIET0 TPAHCKPUIIITMOHHBIH
daxrTop D. TpaHCKpUNIIMOHHBIN (aKTOop D cTUMYyIMpPyeT TPaHCKPUIIUIO
reuoB E, F u G, koropble KogupytoT 6enxku E, F u G
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HA3BbIBAIOTCS IMO3MHUMM. DOJBLINNHCTBO PAHHUX T€HOB SBJISIOTCS
peryasTopubiMu. OHU KOOUPYIOT TPAHCKPUIIIINOHHLIE PEryJIsiTOPEI,
KOMIIOHEHTHI YOUKBUTHUHUPYIOIIE! CUCTEMBI M APYTUe PeryJsaTop-
Hble Oeaku. IIpoayKThl PaHHUX I'€HOB BO MHOTI'OM OIIPeHessaioT 00-
paselr 9KCIPEeCCUU IO3THUX I'€HOB, OT KOTOPBIX HEIOCPEICTBEHHO
3aBUCUT (PYHKIIMOHAIbHAS AKTUBHOCTH KJETKU.

PerynsaropHblii MexXaHU3M, 3aJeHdCTBYIOINUII IIOCJIEI0BATEb-
HBIM CHHTE3 HeCKOJbKUX I'PYIII TPAHCKPUIT-(PAKTOPOB, HA MEPBLII
B3IJISIl, MOJKET IOKAas3aThbCAd MeAJEHHONEeHCTBYIOMIMM U I'POMO3J-
Kum. Tem He MeHee, 9TO HEOOXOAMMO IJS OCYIIECTBIEHUSA pery-
JISIAYA TeHHOHM 9KCIPECCUU C IMO3UIMU MAKCHUMAJIbHON SKOHOMMY-
HOCTH TpoilieccoB. IIpu m3MeHeHUUN YCJIOBUIl, KaK IIPABUJIO, aKTH-
BUPYIOTCS U PEIPEeCcCUPYIOTCA MHOMKeCTBeHHbIe reubl. O0ecreunTs
MOMEHTAJIbHYI0 MOAYJIAIINIO CPady BCeX HEOOXOAUMBIX I'€HOB J0CTa-
TOYHO CJIOKHO, TAK KaK [JII 9TOr0 HYJKHO 3HAUMUTEJIbHOE KOJIUYe-
CTBO TPAHCKPUIIIMOHHBIX (PAKTOPOB M KOMIIOHEHTOB CHUTHAJIBHBIX
CHCTEM, aKTUBUPYIOIIUX 9TU TPAHCKPUIIT-(haKkTOpsl. IIpuuem cunTe3
U TeX, U APYTUX MOJEKYJ HEeOOXOAMMO MOAAEP:KUBATH HA OIpeje-
JIEHHOM YPOBHE B HEMHIYKTHUBHBLIX yCJOBUAX. Ilommep:kaHue B pa-
0oueM COCTOSTHUM MHOTI'OYMCJIEHHBIX CUTHAJIBHBIX CHCTEM, ObecIe-
YHBAOIUX IPAMYI0 aKTUBAIIUIO OOJIBIIIOTO KOJUUYECTBA I'eHOB, He-
BBITOJHO IJisA KJieTKu. CrucremMa peryJsalluu IyTeM I10CJIeI0BaTeb-
HO¥ aKTHUBAIlUV CUHTE3a HECKOJbKUX TPAHCKPUIIIIMOHHBIX (DAKTO-
POB TpebyeT MUHMMAJIbHBIX 3aTPAT HA IIOCTOSHHOE MOAJep:KaHue
CPaBHUTEJBHO HEOOJILIIIOr0 KOJIMYECTBA CUTHAJIBHBIX cucTeM. Kpome
TOr0, CUHTE3 (P)aKTOPOB PEryJIAINYN TPAHCKPUIIUYN B PE3yJIbTaTe aK-
TUBAIIUY KACKAJHBIX MEXAaHN3MOB OKA3BLIBAET YCUJIUBAMOIIUI 23d-
dexT. AKTUBAIUA 9KCIPECCUM OJHOIO IreHa MPUBOAUT K HEOITHO-
KpaTHOl TPaHCKPUNOINHU, IIPUYEeM KayKIbIii 00pasoBaHHBIN TpPaHC-
KPUIIT IIOCJE CILIAICMHTAa MOYKET CIAYIKUTb MATPUIleH AJIs CUHTEe3a
MHOXKEeCTBa MOJIeKYJ OesKa. CyIecTBeHHOe MOBBIIIIeHe KOJINUeCTBa
PeryJaATOPHBIX 0eJIKOB OKa3bIBAeT 3HAUMNTEJNbHBLIN s((peKT Ha pas-
BUTHE OTBETHOM peaKnuu KJeTKu. TakuM oO0pasoM, KacKagHAd CH-
cTeMa peryJdaiui, BKIIYAKIAaA IMOCIET0BATEIBHYI0 aKTHBAIMIO
9KCIIPECCHH TE€HOB, KOMUPYIOIINX TPAHCKPUIIHOHHBIE (PAKTOPHI,
JaeT HEe3HAUNTEJIbHYIO 3a/IePKKy BO BpeMeHH, OJHAKO SBJISETCS
9KOHOMMYHOM U CIIOCOOCTBYET yCHJIEHMI0 CHTHAJA.
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1.6. TUTbl CUTHAJIbHbIX MEXAHN3MOB

Ilepemaua curaanga B KJIETKe COIPOBOYKIAETCA M3MEHEHUEM aK-
THUBHOCTHU IIOCPEJHHNKOB CUTHAJBLHONA CHUCTEMBI M KOHEUHBIX MMU-
meHed. JTM W3MEHEHUA B OTJEJBHO B3ATOM KaCKaJHOM MeXa-
HU3Me MOTYT MMeTh pPasHOHAIIPaBJIEHHBIN xapaxkTep. Kpome Toro,
OIVH U TOT K€ BHENTHUI CUTHAJ, C OJHOU CTOPOHBI, CTUMYJIUPYET
AKTUBAIIUIO (I/I.TII/I IIOBBIIIIEHIIE aRTI/IBHOCTI/I) OODHUX KOHEUYHBbIX MU-
meHel, HO B TO ’Ke BpeMd IPHUBOAUT K penpeccum apyrux. Ilos-
TOMY OIIMCATh OAJHO3HAYHO HAaIIPpABJI€EHNE M3MEHEHUA aKTUBHOCTU,
IIPOMCXONAIINE B KACKAJHOM MeXaHU3Me, BPAJL JI BO3MOKHO. CKO-
pee, cjenyeT TOBOPUTH O TOM, KaK pabOTalOT KJIIOUEBbIE MOIYJIN
PeryasaToOpHOU CUTHAJBLHOU cucTeMbl. B 9TOM njtaHe MOMKHO pa3jiu-
YaTh aKTHBATOPHBIE, PEIPECCOPHBIE U IePEerPecCOPHbIe CUTHAJb-
HbI€e MEXaHUNU3MBbI.

AKTHBAaTOPHBIE MEXaHU3MBI CBSABAHBI C YCUJIEHUEM WU BKJIO-
YeHVEM aKTHMBHOCTU CUTIHAJIBHBIX IIOCPETHMKOB WJIN KOHEUYHBIX MU-
IIeHel, a pempeccopHble — C OCJabJieHNeM WUJIW BBIKJIIOUEHUEM.

JdepenpeccopHbIe CUTHAJIBHBIE CICTEMBI XapPAKTEPUIYIOTCA TEM,
4YTO OLUH U3 KOMIIOHEHTOB CHUCTEMBbI aKTUBHO PEIpecCupyercsa B OT-
CYTCTBUE CTHMYJa, B Pe3yJibTaTe Yero CUcTeMa HaXOJUTCA B pPe-
IIpeCCupOBaAaHHOM COCTOAHWMU. AICTI/IBaI_II/IH CHUCTEMBbI IPUBOOUT K MH-
THOMPOBAHUIO PeIIpeccopa U aKTUBAIIUYM CUTHAJIBHOU cucTeMbl. Ta-
KUM 00pasoM, perrpeccus perpeccopa obecmeunBaeT akTUBAIUIo (1e-
perpeccuio) CUCTEMBI.

1.7. BEPENPECCOPHbIE
CUTHAJIbHbIE MEXAHU3MbI

CHATHe IeicTBUA PEeIrpeccopoB MOXKET OCYIIECTBIATHCA 3a CUeT
MeXaHN3MOB JIBYX OCHOBHBLIX THUIIOB (puc. 7):
1) uHaKTHBAIIUA perpeccopa OyTeM MOAYJSAIIUHN ero aKTHUBHOCTHU;
2) paspyllieHne pelrpeccopa uepes3 HAIIPABJIEHHBIN IIPOTEOJIUS.

B mepBoM cayuae pempeccop octaercss (GU3UYECKU IPUCYTCTBO-
BaTh B KJIETKe, HO B pPelpeccPoBaHHOM cocTosgHum (puc. 7-B). NH-
rubupoBaHUe perrpeccopa JOCTUTAETCS JIOBIM M3 CIIOCOO0B MOMIYJIs-
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AU aKTUBHOCTH, XapPaKTEPHBIX AJIs CUTHAJIBHBIX CUCTEM (CM. BBIIIIE
pasgen «CyIHOCTb mepefaum CUTHAJa»). ITO MOXKET OBITH CBA3bI-
BaHUe pelrpeccopa PeryaaTOPHBIM 0eJIKOM-MHIMOMTOPOM, KOBaJIEHT-
Hada MomuMUKAIMA MOJEKYJbl Pelpeccopa MU ee B3amMojeiicTBUe
C HU3KOMOJEKYJIAPHBIMU peryiadaTopamMu. Hambojiee pacmpocTpa-
HEHHBIA CIIOCO0 «BBIKJIIOUEHHS» pelpeccopa sSBJISETCA ero KoBa-
JeHTHasa MonuduKanua KuHasamu uiam Gocdaraszamu (hochopuian-
poBaHue/nedochopuINPOBAHIE).

Bropoii MmexaHu3M cBs3aH ¢ (PYHKIIMOHHUPOBAHUEM YOUKBI-
TUH-3aBUCUMOTO CeJIeKTUBHOTO mpoTeosnusda (puc. 7-B). IIpuniiumn
ATOTO MeXaHM3Ma 3aKJIOUAEeTCsS B TOM, UTO IO MEeUCTBUEM CIIeIV-
(UUeCKOT0o BHEIITHETO CUTHAJIA PEeIpeccophbl OIPeIeJIeHHOTO THUIla y3-
HAIOTCSA YOUKBUTUHUPYIOIIEN MPOTEeNHOBON JIUra3oii, KoTopas MpH-
coeInHSET K 0eJIKOBOMY CyOCTpaTy HOJNYOMKBUTHHOBBLIE METKMH.
MeueHHBIE TAKUM CIIOCOOOM PEIIPeccophbl B JaJbHEUIIIeM IIOABep-
ramTcs Jerpajaliud B MPOTEACOMHOI CHCTeMe.
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Puc. 7. [lepenpeccroHHas PeTyJaATOPHAA CHUCTEMA.

A — xKommoHeHT A (HeraTHUBHBIN PEryJIATOP) B OTCYTCTBUE CUTHAJA aKTUB-
HO MHTrHOUPYeT KOMIIOHEHT B u mojmep:KuBaeT CUCTEMY B PEIpPeCCHPOBaH-
HOM COCTOSHUU;

B — mop meficTBuMeM BHENIHETO CUTHAJIa KOMIIOHEHT A MHAKTHUBUPYETCHd,
YTO CIIOCOOCTBYET Jeperpeccuyl CUCTEMBI;
B — HeraTuBHBIN peryasaTop A moja BIWAHUEM CHUTHAJa BOBJIEKAETCS

B YOMKBUTHUH-OIIOCPEIOBAHHBIN CEJIEKTUBHBIN IIPOTEOJIN3
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1.8. CACTEMA YBUKBUTUH-ONOCPEJOBAHHO
OETPAJALIAN BENTKOB

Bo Bcex JKUBBIX KJIETKAX IMPOUCXOJUT MTOCTOSHHOE OOHOBJIEHIIE
CTPYKTYPHBIX OJIOKOB M (DYHKIIMOHAJIBHBIX CHCTEM KJETKU. Benku,
MPUIEe/IIe B HErOAHOCTh B peayjbTaTe HeoOpaTUMOI AeHaTypa-
nunu, u 110 ITOM IIpUYNHE HE CHOCO6HBI€ BBIIIOJIHATH CBOM (I)yHRI_II/II/I,
paspyIliapTcs mpoTeasaMu, a o0pa3oBaHHbIE B pe3yJbTaTe IpPOTe-
0Ji3a CBOOOJHBIE aMUHOKWCJIOTHI MCIIOJB3YIOTCA AJIs CUHTEe3a HO-
BBIX 6enkoB. I[IpoTeasnl y3HAIOT OEJKU C HAPYIIIEHHON CTPYKTYPOI
IO pALY XapaKTepHBIX NPU3HAKOB, HAIIpUMeD, 10 HAJIUUYUIO Ha II0-
BEPXHOCTU MOJIEKYJ TuAPO(GOOHBIX aMUHOKUCJIIOT.

CyiecTByeT Tak:ke MeXaHU3M, KOTOPBIH OTJIMYAETCA OT OOBIU-
HOTO MPOTEOJIN3a TeM, UTO OH HPUBOJAUT K Pas3pyIIeHUio OeJIKOB,
He 00J1aJafoNNX TPU3HAKAMU HAPYIIEHUS CTPYKTYPHI U QYHKIIHO-
HaJBHOM aKTUBHOCTH, U IIPU ITOM IIPOTEOJIN3Y TOABEPTAIOTCA HE BCe
0esKM, a TOJBKO JIUIL OEJKU OompeneseHHOTO Tuma. Takoil mexa-
HHNU3M Ha3bIBAaIOT CEJEKTHUBHBIM MJIX HANIPABJIEHHBIM IIPOTEOJIHU30M.

CeleKTUBHBINL NMPOTEOJIM3 OCYIIECTBJAAETCS B [ABa srTama
(puc. 7-B). Cuauana GesKu, mMpeaHasHAUeHHbIE AJA pa3pyIIeHUd,
PAacCIIO3HAIOTCS OCOOBIM MYJIBTUMOJIUNENTUAHBIM KOMILIEKCOM, KO-
TOPBIA IPUCOEUHAET K OCOOBIM YUaCTKAM HTUX OEJIKOB IOJNYOUK-
BUTHHOBBIE IETIOUKM. OTOT KOMILIEKC HA3LIBAIOT YOMKBUTHHHUPYIO-
el MPOTEMHOBOI JIUTAa30i U B 00IIell crucTeMe YOMKBUTUHUPOBA-
Hus obosHauaoT E3. 3aTeM yOMKBUTHHUPOBAHHBLIE OEJIKU IIPUBJIE-
KafoTcda K 26S mporeacoMe 1 paspyiiatoTca. [IoCKOJIbKY B OMMCHI-
BaeMOM MeXaHU3Me Pa3pyIIeHUI0 0eJIKOB IIPENIIEeCTBYET UX YOUK-
BUTUHUPOBaHIE, er0 HA3hIBAIOT TaKyKe yOMKBUTHH-OIMOCPEIOBAH-
HBIM IIPOTEOJIN30M OEJIKOB.

1.8.1. OTan nepBbIin — BbIGOp cyOGCTpaTa
Y6KBUTUH 1 YOMKBUTMHUPOBaHME

YOMKBUTUH — 5TO HU3KOMOJIEKYJISAPHBIA BHICOKOKOHCEPBATHUB-
HBIII GeJIOK ¢ MOJIeKyJApHOoii maccoii 8,5 kll. OH cocrout us 76
AMMHOKMCJIOTHBIX OCTATKOB 1 00/IafaeT KMUCJIBIMHU CBOMCTBAMMU, TAK



CUCTEMA YBUKBUTWUH-OMOCPENOBAHHOM AErPALALNK BEKOB 23

KaK COIEPyKUT 3HAUNTEIbHOE KOJMYECTBO OCTATKOB AMKAPOOHOBBIX
aAMUHOKWCJIOT: acllaparmHOBOW U TJIYTaMWHOBOM KUCJOT (puc. 8).
ITonunenTuauyo 1enb YOMKBUTHHA ¢ KAPOOKCUTEPMUHAJIBHOI CTO-
POHBI MOJIEKYJIBI 3aMBIKAET OCTATOK TIJIMITMHA, Yepe3d KapOOKCUJIb-
HYIO T'PYIIIY KOTOPOT'O OCYIIECTBJISETCS KOHBIOTUPOBAHNE YOUKBU-
THHA C OeJKaMU-MUIIEHAMU WJIA APYr C APYrOM MIOCPEICTBOM 00-
pasoBaHUSA M30IIEITHUAHON CBA3U. B cocTaB yOMKBUTHUHA BXOIAT
7 ocTaTKOB JIM3WHA, 3aHUMAalOIUe moJoxkeHud 6, 11, 27, 29, 33,
48 u 63. Uepes 5Tu JU3MHOBBIE OCTATKH BO3MOYKHA KOH'BIOTAIINS
YOUKBUTHUHOB APYT C APYrOM. YOMKBUTUH Y 3YKApUOT KOAUPYETCSI
HECKOJbKUMMU I'eHAMU, a CUHTE3 OCYII[eCTBJISETCA B BUJe HEaKTUB-
HOTO IOJUYOMKBUTHHOBOTO IIPEAINECTBEHHUKA WU OTHEJIbLHON KO-
OUU, CIINTON ¢ pubocoMHBIMU Oearamu. IIpoliecuHT YOMKBUTHUHA
IIPOTEKAEeT C yJYacTueM HAeyOUKBUTHHUPYOIIUX (hepMeHTOB.
YOUKBUTHH-NIOTO0HBIE Oeqku. B mpuponae ObliM 00HAPYIKEHBI
OenKM, OJM3KHE II0 CTPYKType YOMKBUTHHY. HU3KOMOJEKYJIap-
Hble OeJKH’, 00JiaaloIiie BBICOKOW CTEIeHBbI0 CXOACTBA C YOUKBU-
TUHOM, HOAPAa3AeNAIT B ABE I'PYNIbl: 1) O€JKU ¢ YOMKBUTHH-IIO-
no6abIM 1omMeHoM (UDP — ubiquitin-domain proteins) u 2) youx-
BuTuH-nmogo6ubie moguduraropsr (Ubl — ubiquitin-like modi-
fiers). Benku ¢ youkBuTuH-mogo0HBEIM gomeHoM (UDP) He o6pa-
3YIOT KOH'BIOTATOB C OelKaMu. B3amMomeicTBYSA 3a CUeT cJiadbIX
CBsI3ell ¢ YOMKBUTHUHOM WU YOUKBUTHUH-IIOJOOHBIMU MOIH(MUKA-
TOpaMM, OHU BBIIOJHSIOT POJbL afalTepPoB. YOMKBUTUH-IION00-
uble momudurarops!l (Ubl), Tak:ke KaK u yOMKBUTHH, CIOCOOHBI
KOHBIOTUPOBATh ¢ OeJKaMU uepe3d KapOOKCHUTEePMUHAJJbHBIN TJIN-
nuea. K yOukBUTUHIONOOHBIM Momudurxaropam orHocsarca SUMO
(Small ubiquitin-like modifier), NEDDS8 (Neuronal-precursor cell-
expressed developmentally downregulated protein 8), ISG15 (IFN-
stimulated gene 15), FAT10 (F-adjacent transcript 10) u gpyrue.
YOUKBUTHHHUPOBAHHEM HA3BIBAIOT 00Pas3sOBaHMe H30MENTUIHOHN
CBSABW MEXIY &-aMUHOTPYIMIOM OCTaTKa JMU3WHA OeJKa-MUIIeHU

01 25 27 2930

MQI FVKTLTGKTITLEVEPSDTIENVKAKIQDKEGIPPDQ

4 45 60 63 65 75 76
QRLIFAGKQLEDGRTLSDYNIQKESTLHLVLRLRGG

Puc. 8. AMUHOKUCIOTHASA IIOCJIETOBATEILHOCTD MOJEKYJIbl YOUKBUTHHA
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n KapOoKcuJIbHOUW rpymnmoii C-KOHIEBOTO TJIMIIMHA YOMKBUTHUHA.
VYOUKBUTUHUPOBAHNE SIBJIAETCS OSHOM M3 BO3MOJKHBIX ITOCTTPAHC-
JAIUOHHBIX MOAU(pUKAIINN 0eJIKOB HapAany ¢ (ochopuinpoBanmeM,
TJIMKOBUJIMPOBAHUEM U IP.

IIporiecc yOUKBUTUHUPOBAHUS B OOJBIIIMHCTBE CJIyUYaeB He orpa-
HUYMBAETCA HPUCOeIUHEHNEM ONHOII MOJIEKYJbl YOMKBUTHUHA. DBe-
JIOK MOYKET HEeCTU OJHY MUJIU HEeCKOJbKO YOMKBUTUHOBBIX MOJIEKYJI,
a TaKiKe MOJMYyOMKBUTUHOBBIE IETMOYKMU Pa3HOU (DOPMBI U AJUHBI.
Boubiias yacTs yOUKBUTHHUPOBAHHBIX OEJIKOB HECYT IIOJUYOUKBU-
TUHOBBIE TPYIIbl. KoHBIOTAIMA ABYX MOJEKYJ YOUKBUTHHA OCY-
ITEeCTBJAAETCSA MyTeM O0pasOBaHUA MBOIMENTUIHOU CBA3ZU MEMKIY
C-KOHIIEBBIM TJIMITMHOM M £-aMUHOTPYIMIION OJHOTO M3 CEMU OCTAT-
KOB JIM3WHA YyOMKBUTHHA. IlepBoHAUAIBHO OBIIM OOHAPYIKEHBI II0-
JUYOUKBUTUHOBBIE ITEIIOYKU, B KOTOPBIX YOMKBUTHHBI COETUHEHBI
IPYyT ¢ apyrom uepes ausmH-48. OmHaAKO mo3Ke OBLIO IOKa3aHo,
YTO BCE CE€Mb JIMBWMHOB YOMKBUTHMHA MOTYT yYacTBOBAaTH B 00pPaso-
BaHUU IIOJNYOMKBUTHHOBBIX rpynmn. Ecium B mpoliecce HMOJIUYOUK-
BUTHUHUPOBAHUSA MCIIOJb3YIOTCA JU3WHOBBIE OCTATKU B OJJHOM ITOJIO-
JKeHUH’, TO 00pa3ylTcsa JUHEHHbIe IellouKu. [Ipu ncrmoab30oBaHUN
HECKOJIbKUX CAWTOB CAMOKOHBIOTAIINY BO3MOKHO 00OpasoBaHMe pas-
BeTBJIEHHBLIX IIOJNYOUMKBUTUHOBBIX CTPYKTYpP. OCOOEHHOCTH IIOJIU-
YOUKBUTUHOBOI IEIIOUKHN, TO €CTh €€ AJUHA U CAUTHI CAMOKOHBIO-
ramuu, UMeIT perrampinee 3HAUeHNE B ONPeAeJeHUN CYAbObl YOUK-
BUTUHUPOBAHHOTO OejiKa.

KosanentHas mogupuranusa 0eJIKOB IyTeM YOUKBUTUHUPOBAHUS
MMeeT Upe3BBIUANHO pasHOOOpasHOoe 3HaUeHUe AJA (PYHKIIMOHAL-
HO¥I aKTUBHOCTU KJIETOK. MOYKHO BBIJIEJUTH TPU OCHOBHBIE T'DYIIIIHI
GYHKIIUHN, AJA KOTOPBIX MMeeT 3HaueHUe YOMKBUTUHUPOBAHUE.

Herpagmanusa 6exxoB. BnepBble sHaueHMe YOUKBUTUHUPOBAHUA
OBLIIO IIOKAa3aHO OJIS B3aUMOIeHCTBUSA OEJIKOB C IpPOTeacoMaMu, KO-
TOpPOE TMPUBOAMJIO K Pas3pyIIeHUI0 YOUKBUTHUHUPOBAHHBIX OEJIKOB.
Hawubosiee pacnpocTpaHeHHBIM CUTHAJOM JJisI MIPOTEOJIM3a SABJISA-
eTcA MOMNYOMKBUTHUHOBAA JUHEWHAA IIEIIOYKAa, COCTOAIAA W3 Ue-
ThIpeX u 6oJjiee YOMKBUTMHOBBIX MOHOMEPOB, KOTOPbIE€ COeIUHEHBI
IPyT ¢ apyrom uepes ausuH-48. CuuTaercs, UTO BCe IMOJNYOUKBIUI-
TUHOBBIE IIEIIOYKM, 34 UCKJIOUEeHNEM TeX, KOTOpble 00pa30BaHbI ye-
pes nu3uH-63, MOTYT OBITH MCIIOJb30BAHBI B KAUeCTBE METOK IJId
JIerpamamuu.
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AKTUBHOCTH XpoOMATHHA. Y OMKBUTUHUPOBAHUIO MOJABEPTAIOTCSA
rucrtoHoBble Oenku H2a m H2b. B omHoii HyKJieocome ¢ yOUKBIU-
THHOM KOH'BIOTMPYETCS OOBIYHO OHA M3 9TUX MOJeKyJs. Hanuume
YOUKBUTUHOBOI METKHN XapaKTEPHO IJs d3YXPOMATHHOBOM 00JIacTu
reHoma. VI3BeCTHO, YTO MOCTTPAHC/IAIIMOHHBIE MOANDUKAIINY HYKJIe-
OCOMHBIX THMCTOHOB BAXHBI IJIS TPEXMEPHOM CTPYKTYPBHI U (PYHK-
I[MOHAJIBbHON aKTUBHOCTH XPOMATHHA, a TaKyKe KJIETOYHOMN IMaMsTH.
VOUKBUTUHUPOBAHUE SBJISETCSA AUHAMUUYECKUM IIPOIECCOM, KOTO-
pBIli uMeeT GOJbIlIee 3HAUEHUE AJIS COOCTBEHHO PeMOLeIMPOBAHNSA
XpOMAaTHHA, a He IJs MOAAEeDP:KAHUA ero CTPYKTYPHI.

Moaynaamus aKTUBHOCTH (PYHKIIMOHAJBHBIX O0€JIKOB. ¥YOUKBU-
TUHUPOBAHNE HErMCTOHOBBIX OEJIKOB HE BCerga IPUBOAUT K Ierpa-
Ialuy, a MOYKEeT TOJbKO M3MEHATh UX aKTUBHOCTh. KakK mpasBuio,
9TO CBSI3aHO C MOHOYOMKBUTHHOBBIMH WU MOJUYOUKBUTUHOBBIMU
MOAU(MUKAUAMYA C He3HAUUTEJIbHBIM KOJUYECTBOM YOMKBUTUHO-
BBIX MOHOMEPOB B Ilenouke. Hampumep, MOHOYOUKBUTHHUPOBAHHBIE
0eJIKM yYacTBYIOT B PEryJAlUN TPAHCMEeMOPAHHOI'O IepPeHoCa, 9H-
IonmuTo3a, sKcupeccuu reHoB u pemapanuu JHK. ITonnyoukBuTu-
HOBBIE JINHEMHbIE IeTI0UYKY, 00pa3oBaHHLIE uepes JU3NH-63, BarKHBI
IJIsi TeHEePaIluu CUTHAJOB, KOTOPbIe UTPAIOT KJIIUYEBYIO POJb B pe-
rynanuu penapanuu JHK, TpancmeMOpaHHOTO IIepeHOCa, 9HIOIM-
TO3a, aKTHUBAIINY IIPOTEMHKWHA3, TPAHCIAINN U TPAHCKPUIIIIUH.

YOUKBUTMHUPYIOLW I KOMNIEKC

ITenTpasbHOE MECTO B CUCTEME YOUKBUTHH-OIIOCPEJOBAHHOM Je-
rpaganuu 0eJKOB 3aHMMaeT YOUKBUTHUHuUpPYyIomiasa aurasa (E3), xo-
TOpas PACIO3HAET COOTBETCTBYIOIIUE OEJKU-MUIIEHU U O0ECIeUm-
BaeT MX YyOMKBUTUHUPOBaHME. B cucTeMe YOMKBUTMHUPOBAHUA yUa-
crByioT eimfe nBa depmenta (E1 u E2), KoHTposmpyomiue mpeaBa-
PUTENBHYI0 aKTUBAIUI0 yOUKBUTHHA (puc. 9).

MuHUMAIbHBIN YOUKBUTUHUPYIOMIUN KOMILJIEKC COCTOUT U3 TPEX
dhepMeHTOB:

1) E1 — yOMKBUTHMH-aKTUBUPYIOIINI (DEPMEHT;

2) E2 — yOuMKBUTHUH-KOHBIOTUPYIOINN (hepMEHT;

3) E3 — yOukBUTHHUPYIOINAS IPOTEMHOBAA JUTra3a.

Ha mepBoM aTalle MPOMCXOAUT aKTUBAIUA YOMKBUTUHA. ¥ OUK-
BUTHH-aKTUBHUPYIOMKi depment (E1) o6pasyeT THOI(UPHYIO CBA3b
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MEXKIy KOHCEePBATHUBHBLIM OCTATKOM IIMCTEMHA M KapOOKCUTEPMU-
HaJIBHBIM OCTATKOM TJIMIIMHA YOMKBUTHHA. JTOT IIPOIleCC TPedyer
3aTpaThl MeTabonuecKoi sHepruu B Bujge ATP. 3arem yOUKBUTUH
nepeHocutcs oT El1 Ha yOuMKBUTHH-KOHBIOTHpYIOHUI hepment (E2).
B sroM cayuae msst ymep:KaHUsS YOMKBUTHHA TaKyKe MCIIOJIb3YeTCs

R o

ATP ADP 0
@%’ E @ ‘ @%
(D LD

-

E3-nurasa
@

[©he)

26S-npoteacoma

26S-nporeacoma

Puc. 9. Cucrema yOMKBUTHH-OIIOCPENOBAHHON Jerpasanuu OeJKOB.
YcnoBHBIE 0003HAUECHUA:

El — yOuKBUTHH-aKTUBUDYIOIINHA (EPMEHT;

E2 — yOMKBUTHH-KOH'BIOTUPYIOIIUNA (DePMEHT;

E3 — yOukBUTHHUPYIOIAA IPOTENHOBAA JUrasa;

Ub — yOMKBUTHH;
B — GesioKk-MuIIeHs.

JTanbl MeXaHu3Ma CeJIeKTUBHOTO IIPOTE0JIN3a:

1 — y6uxBuTuH-akTuBUpylomuii pepmenT (E1) cBA3bIBaeT yOUKBUTHUH;

2 — yOMKBUTHUHIIEPEHOCUTCA Ha yOUKBUTUH-KOH'BIOTUPYOIuiihepmenT (E2);
3 — O0eJIOK-MUIIIEeHb IIOJ AEHCTBUMEM CHUTIHAja IIPpuobpeTaeT IMOBEPXHOCTbD,
KoMILIeMeHTapHyoo F-box cy0benuHuile yOMKBUTUHUPYIOIIEH JIUTa3bI;

4 — OeJOK-MHUIIIeHb CBA3bIBaeTca ¢ F-box cyowenunuuiieit E3;

5 — gurasa E3 mpucoequHAeT K MUIIEHU MOJUYOUKBUTHHOBYIO TPYIIIY;
6 — mosmyOMKBUTHUHOBASA MUIIIEHb CBA3bIBaeTca 26S mporeacomoii;

7 — 26S npoTreacoMa OTIIeIIAET YOUKBUTUHEI X Pa3pyIIaeT OeJIOK-MUIIIeHb
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KOHCEPBATUBHBIA OCTATOK IucTenHa (epmenTta. IIpu Baaummomeii-
crBum E2 ¢ TpeTbUM KOMIIOHEHTOM — YOMKBUTHHHPYIOUIEH IIPO-
TenHOBO# suras3oi (E3) — yOMKBUTUH mepeHOCUTCS Ha crernudu-
YeCKUUM OCTATOK JIM3MHA OeJKa-MUIlIeHW. B 3aBUCUMOCTH OT THUIA
YOUKBUTUH-IIPOTENHOBON JIUTra3bl YOMKBUTUH MOKET OBITH IIepeHe-
CeH Ha MOJIeKYJy cybcTpara Hanpamyioo oT E2, niu ke yOUKBUTHUH
MIPeIBAPUTEIbHO KOBAJIEHTHO CBSA3BIBAETCSA C PEAKIIMOHHBIM I[€H-
Tpom E3, a 3arem mpucoemuHsAeTcsa K cyocTpary.

WsBecTHble YOMKBUTUH-IIPOTENHOBBIE JINTA3kI 10 CTPYKTypPe Ka-
TAJIUTAYECKUX JOMEHOB MOJKHO Pa3IeUTh HA TPU I'PYIIIBI:

1) HECT (Homologous to E6AP Carboxyl Terminus);

2) RING (Really Interesting New Gene);

3) U-box umaum PHD.

HECT-gomMeHBI KOBAJIEHTHO CBS3LIBAIOT YOMKBUTUH, HPUHN-
Mas ero OoT KOHbIorupymilero gepmenTta E2, a 3aTeM mepeHOCAT
Ha cyocrpar. RING- u U-box-comep:xalue Jurassl He 0o0pasyioT
THO3(UPHONA CBA3U ¢ YOMKBUTUHOM, a OCYII[ECTBJIAIOT €ro MPAMOii
nepesoc or E2 Ha cybcTtpar. B pacTuTeslbHBIX OpraHuM3MaX IIPeu-
myirecTBeHHO PYyHKIIMOHUPYIOT RING-comepskarmne SCF-momobubIe
YOMKBUTHUHOBLIE JINTA3bI.

B psage ciyuaeB monyOMKBUTUHUPOBAHYE KOHTPOJIUPYETCS I0-
nonauTeabHpIMu U-box-moMmeH-comepsxamumu E3-n1urasamum, KOTo-
pble B cucTeMe YOMKBUTUHUPOBAHUA TaKiKe HasbiBaloT E4-iurassi.

B remome syKapuMOTHYECKUX OPTaHU3MOB KOJUPYIOTCS COTHU
E3-n1uras pasiauuHBIX KJIaCCOB, UTO TOBOPUT O UPE3BBIUANHOI BaiK-
HOCTHU dTUX (hepPMEHTOB.

Crpyktypa SCF-nogo6Hoi yOKBUTUHMPYIOLLEn Nnrasbl

SCF-nmurasa sBasieTrcss MyJbTUMEPHBIM KOMIIJIEKCOM, KOTOPBIi
COCTOUT M3 UeThIpexX OCHOBHBIX cybobemmuuil: RBX, Cullin, F-box,
u SKP1 (puc. 9).

RBX — karanuTuueckas cyObeqUHUIA. BLITOIHAET COGCTBEHHO
JIUTa3Hy0 QYHKIINO, KaTAJIU3UPYeT IIepeHoc YOUKBUTHUHA OT YOUK-
BUTHH-KOHBIOTHUPYIOIIEro (pepMeHTa Ha 0eJIOK-MUIlIeHb. PeaKI[noH-
HBIH 1eHTP cyobequuuIisl comnep:kut nomed RING-H2 nansibel. RING-
finger-nomensr E3-5H3MMOB BKJIOYAIOT MOTUB U3 BOCBMU ITHCTEI-
HOBBIX W THCTUAMHOBBIX OCTATKOB, COAEPIKAINUII ABA MOHA ITMHKA.
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Cullin — perynsitopuasi cyobenunuiia. Yepes aTy CyObeIUHUILY
OCYII[ECTBJISAETCS peryasanua aktTusHocTu E3-aurasei. Cullin obpa-
syer ¢ RBX mpouHO cBsA3aHHBIN (PYHKIHMOHAJIHLHO AKTUBHBIN IU-
Mep, CIIOCOOHBIA KaTaJlu3upPOBaTh (DOPMUPOBAHNE MYJIbTUYOUKBU-
TUHOBOH IIEIIOYKU.

F-box — obecmeunBaer BBIOOP cyOcTpara I YOMKBUTHUHUPO-
Banuda. Cy0obequHMIlIAa UMeeT JIeHInH-oborale bl qomes F-box,
II0 KOTOPOMY HasBaHa cyobemuuuiia. Yepes F-box momen ocyrecrt-
BJISIETCS B3aMMOJelicTBUEe YOMKBUTHUHUPYIOIIell Jurasbl ¢ OesKa-
MU-MUIIEHAMUA.

SKP1 — cTpyKTypHO-peryasaTopHasa cyowsenquuuiia. Oowenu-
usger RBX—Cullin gumep um F-box cybmemuHuily B eIuHBINA (PYyHK-
IIMOHAJILHBIN KOMILIEKC.

Perynauna aktusHoctn SCF-nurasbl

Perynamnua aktuBnoctu SCF-i1urassl ocylmecTBAsSETCA B IPO-
mecce o0OpaTUMOM MOCTTPAHCIAAINMMOHHON MOAM(MUKAIIUUA CyOHemu-
Hunsl Cullin myremM mpucoeguHeHUs/OTIIEIIJICHUA YOUKBUTUH-IIO-
mobuoro 6enxa RUBL. ITpucoesmuenme RUB1 x Cullin Bo MmHOTOM
HAIIOMHUHAEeT TIpolecc youkBuTuHUpoBanusa. Buauase RUB1 akrTu-
Bupyerca rerepoauMepHbiM RUBI1-aKTUBUPYIOIIUM KOMIIJIEKCOM
myTeM 00pasoBaHUA TUOI(GUPHOIN CBA3U MEXKIY KapOOKCUTEPMU-
HAJbHBIM aMUHOKHUCJIOTHBIM ocTaTkoM RUBI1 u mucremHOM OmHOI
u3 cyonenuaull RUB1-akTuBupyioirero gepmenta. [IpumeuaresasbHo,
YTO OfHA M3 CYOHeTUHUIL STOT0 (pepMeHTa T'OMOJIOTUYHA aMHHOTe-
MUHAJILHOMY AOMEHY YOMKBUTHUH-aKTUBUpPYIOIero gepmenrta El,
a BTOpas — KapOoxkcuremuHaidbHOMYy nomeny El. 3arem RUBI1
nepenocutca Ha RUBIl-koubiorupyiomiuii pepment (RCE1), xoro-
PRIl IpucoeauHsET 3TOT 0esoK Ha cyoweamauity Cullin. Ymanaserca
RUBI1 or Cullin ¢ momorsio curaamocomsr COP9.

Kax mokasbIBAIOT MCCJIENOBAHUA, OJA PAsBUTUSA HOPMAJIBHOTO
GyHKIIMOHUPOBaHUSA E3-1urassl oueHb BAXKHO TOAMePIKaHNe ITUKJIN-
uyecKoro Kounoruposanusa/ynanenusa RUB1. Tournas poab SJaHHOTO
PeryasaToOpHOro IMUKJA elle He BhliAcHeHa. CyIecTByeT HECKOJIbKO
MIpeAIooKeHniT Ha 5TOoT cueT. COrjlacHO OAHOMY U3 HUX, IPHUCO-
enunedrne RUB1 & Cullin u ero ygaieHme MosKeT OBITH CBSI3aHO
¢ usmMeHeHueM KommapmeHrtanuu SCF-momo6HON yOMKBUTUHOBOI
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aurasbl. [lpyras rumoresa mpexamosaraetr, uro RUBI1-koHBOraIu-
OHHBIN ITMKJI MMeeT 3HAUYeHWe B OIIOCPEJOBAHUM B3aUMOIENCTBUS
SCF-mtomo6HOII YOMKBUTUHOBOM JUrasbl ¢ 26S mpoTeacoMoii.

CBA3bIBaHMe cybcTpaTa € yGMKBUTUHUpPYIOLWEl N1ra3on

OaHUM 13 OTBETCTBEHHBIX 9TAIMOB YOMKBUTHH-OIIOCPEIOBAHHOTO
mpoTeosin3a 0eJKOB ABJIAETCA BBIOOP OeIKa-MUINeHN YOUKBUTUHIU-
pyioineit gurasoii. OOIIMi MPUHIIMI MeXaHW3Ma y3HaBaHUS CBA-
3aH ¢ (DOPMUPOBAHMEM KOMILJIEMEHTAPHBIX ITOBEpPXHOCTeli, I03BO-
JAANIUX clenu(ruyeckoe B3aMMOJENCTBUE HPOTEMHOBOM JIMTa3bl
u cybocrparta. Ilox melicTBMeM BHEITHUX CUTHAJIOB aKTHUBUPYIOTCS
TIPOIIECChI, CTUMYJINPYIOIe N3MeHeHe CTPYKTYPhI OeIKa-MUIIIeH!
nau F-box cy0bemmuuilel jurasbl. Kak mpaBuio, JOCTATOUYHO W3-
MeHeHuA KOoH(GopMaIuu OJHOTO M3 3TUX KOMIIOHEHTOB. IIpu sTom
TMOBEPXHOCTH OJHOM MOJIEKYJIBI IIOACTPAMBaeTCsA MOJ MOBEPXHOCTH
apyroii. Ecau nnsa obecrieueHusa B3amMOAENCTBUS OesKa-MUIITEeHU
u aura3bl E3 HE0OOXOAMMO ydyacThe TPEeTHero KOMIIOHEHTAa, BBITOJI-
HSIOIEer0 POJIb afalTepHOTo Oesika, TO CBA3bIBaHMe cybcTpaTa Jiu-
rasoil MOKeT CTUMYJHPOBATHCA B Pe3yJbTaTe M3MEHEHUS CTPYK-
TYpPHI afalTepHOTO OesKa.

TakuMm o0pasom, cieruduueckoe B3ammopeiicTBue Jurassl E3
u cybeTpaTa obecrieunBaeTCs IPOIleCCaMM, B Pe3ybTaTe KOTOPBIX
CTUMYJIUPYETCA M3MeHeHe CTPYKTYPhI, II0 KpaliHeill Mepe, OZHOTO
13 KOMIIOHEHTOB:

1) Oenka-MwuieHu;

2) F-box cy0beguHUIIBI YOUKBUTUHUPYIOIEH JUTas3bl;

3) amamTepHOro 6ejKa, uepes KOTOPBIA OCYIIECTBJISETCS B3al-

MofetlicTBre cybcTpaTa M JIMTas3bl.

IIpu sTOM He CyIIleCTBYyeT YHUBepPCAJILHOTO MexXxaHu3Ma — B3aa-
UMHOe y3HaBaHue Oenka-muiiieHu u F-box cy0beguHUIIBI JUTA3bI
E3 mocturaercs pasauUHBIMU CIIOCOOAMMU.

Oco6eHHOCTN 6enKoB-MULIEeHeN YOUKBUTUHMPYIOLEN nurasbl

Benku, KoTOpble BOBJIEKAIOTCA B YOMKBUTHUH-OIIOCPEIOBAHHBIN
IPOTEOJIN3, UMEIOT OCOOBIA YUaCTOK, HEOOXOAMMBIN IJIs B3aMMO/eli-
cTBus ¢ F-box momeHoM yOMKBUTHHUPYIOMIEH JUTasbl. JTOT yua-
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CTOK MOJIEKYJIBI HA3bIBAIOT IETPOHOM, TaK KaK OH (DYHKIIMOHAJIBHO
CBsI3aH C Aerpajamueil MoJieKyJbl. Myramuu B 00JlacTU TAHHOTO
IOMEeHa MPUBOJAT K YBEJUUEHHIO CTAOMJILHOCTH OeJiKa U Hapylle-
HUIO IIPOIECCOB, B KOTOPBIX OHU yYaCTBYIOT.

Benku-Mmuilienu, moasepramoIfuecsa Aerpajaluy IPU BO3Iei-
CTBUUY PABJHUUYHBLIX CHUI'HAJIOB, BBIMOJHSIOT PasHOOOpasHbie (PYHK-
I[UY, IPEUMYIIeCTBEHHO PeryJsATOpHble. SHAUUTEJIbHAS YAaCTh Ta-
KUX OEJIKOB SIBJAIOTCSA TPAHCKPUIIIMOHHBIMHU peryJjsaropamu. Ha-
IIpUMep, Perrpeccopbl TPAHCKPUIIIINYN ayKCUH-PEryJINPYEeMbIX TeHOB
cemeiicTBa Aux/IAA yOUKBUTUHUPYIOTCS IOJ JefiCTBUEM ayKCHHA
¥ BIOCJEACTBUU paspyiraioTesa 26S mporeacomoii. OcoObIii yuacTOK
MOJIEKYJIbI, COCTOANTUY 13 13 aMHHOKUCIOTHBIX OCTATKOB (€TPOH)
oIIpefesisgeT YPOBeHb cTabuabHocTu Oenka. OH HeoOXOAUM [IJIs B3au-
MozecTBuA Oeska-MuilieHu ¢ F-box cyobequHuIleii yOMKBATUHUPY-
fo1relt surasel. F-box 0enku, cBsspiBarolnue pernpeccopsl Aux/IAA
(TIR1, AFB1, AFB2, AFB3), oiHOBpeMEeHHO BBLITOJHSIOT (QYHKIIAN
perennTopoB aykcuHa (cMm. pasmen «F-box peremnTopsr»).

1.8.2. DTan BTOpOW — Aerpapauusa cyocTparta

26S npoTeacoma

IIporeosuTryecKasi aKTUBHOCTb B KJIETKAX 3YKApPUOT JIOKAJIU-
30BaHa B Jim3ocomMax u 26S mporeacomax. B samsocomax merpanu-
PYIOT TOJIBKO MeMOpaHHbIe, a TaK:Ke MHOPOAHbBIE OeJIKHU, ITOIABIINE
B KJIETKY IyTeM 3HIOIIMTO3a. BOJbIllas YacThb KJETOUYHBIX OEJIKOB
(mo 90%) paspymiaerca 26S mporeacomamu. 26S mpoTeacoma
(puc. 10) umeeT 0coOyI0 CTPYKTYPY, KOTOpas IIO3BOJISET JIOKAJIU-
30BaTh IIPOTEOJUTUYECKYI0O AKTHUBHOCTb BO BHYTPEHHEH II0JIOCTH
KOMILJIEKCa, BXOJ B KOTOPYIO CTPOTO PEryaupyercs U AJA 0O0JIb-
IHCTBA 6eJIKOB 3aKphIT. Biaromapsa atromy, nmpucyrcteue 26S 1mpo-
TeacoMbl B IIUTOILJIa3Me, HYKJIEOIJIadMe M MHBIX KOMIIAPTMeHTax
KJIETKU SBJIAETCS abCOJIIOTHO 0e30IMacHbIM AJIA HATUBHBIX OEJIKOB.
Yro6bl IIOMACTh B MOJOCTH 26S IIpoTeacoMbl, 0EJIOK MOJMKEeH OBITH
moMeyeH 0CcoOBIM 00pasoM. B KauecTBe METKU HCIIOJB3yeTCs II0-
JIUYyOMKBUTHUHOBASA IIEIIOYKA, COCTOAINAsA He MeHee UYeM U3 YeThIPpeX
YOUKBUTHUHOB, IOCJIEIOBATEJIbHO COEIUHEHHBIX APYT C IPYIOM dUe-
pe3 ausun-48. Meuenble (YyOUKBUTUHUPOBAHHBIE) O€JIKM pacIo3HAa-
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I0TCA U CBA3bIBaroTcsa 26S mpoTeacoMoii, pa3BopauymBaIOTCA C IIO-
morbio AT®-3aBuCUMBIX KOMIIOHEHTOB IIPOTEACOMEI, a 3aTeM IIPO-
HHUKAIOT B ee II0JIOCThb, I'Jle IOJABEPTraloTCsa pPaspyIIeHuio. Y OUKBU-
TUHOBAs MeTKa Iepel NIPOHUKHOBEeHHEM 0OeJKa B IIPOTEOJIUTUUE-
CKVIO II0JIOCTh, CHUMAETCs M3OMEeNTUIa3aMu U pasbupaercsa Ha OT-
IeJbHble YOUKBUTUHBI, KOTOPbIE BIIOCJIEACTBUY BTOPUYHO KCIIOJIb-
3YIOTCA AJIsI IIpoIlecca YOMKBUTUHUPOBAHUS.

CTpyKTypa 26S npoTteacombl

IIpoTeacoma cOCTOUT M3 JABYX OCHOBHBIX MOMYJIEIA:
e KopoBasa (Karanuruueckasi) 20S mporeacoma;
e peryaaropuasa 19S uacruia.
PerynaTtopHble yacTuilsl nmpucoenquasaiorca K 20S mporeacome
C OJHON WJU C ABYX CTOPOH, ()OPMUPYS COOTBETCTBEHHO CTPYK-
TYpHI ¢ Koaddurmenrtamu cegumentanuu 26S u 30S (puc. 10-B).
s obo3HaueHUA 00€UX CTPYKTYP OOBIUYHO HCIOJL3VIOT TEPMUH
«26S mpoTeacoMa», BKJAIAbIBasd B HEro (PYHKIIMOHAJIBHBLIN CMBICJI.
Tepmun «30S mporeacomMa» MCIIOJIb3yeTCsA B TOM CJydae, €CJU He-
00X0MMO aKIeHTUPOBATh BHUMAaHNE Ha CTPYKTYPY U (pusmuecKue
CBOWICTBA JAHHOT'O KOMILIEKCA.

A B
KpbILLUKa
19S
OCHOBaHue
19S 20S
26S

19S

QLT ™ R

Bl - BHewWwHMne
nonocTu;

p -
el MM - npoteonuTuyeckas
@ Q 20s nonoctb

Puc. 10. Crpykrypa 26S mporeacomsl.

A — 19S uacrura;

B — 20S uyacrtuma (pacmoJioKeHue TelTaMepHbIX KOJIell B YaCTHUIle, BUI
CBEpXY U COOKY);

B — 26S u 30S mpoTreacomsbr;

I' — cxemaruueckoe usobpaskenue 30S mpoTeacoMbl B paspese
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KopoBas 20S npoteacoma

20S mpoTeacoma cocTouT u3 28 CyOBEeIMHUI], KOTOPbIe (OPMU-
PYIOT YeThIpe IeliITAMEPHBIX KOJBbIIA, CJIOXEHHBIX B BHIE CTOIIKU
apyr Ha apyra (puc. 10-B). ¥V sykapuoT BHeIIHHE KOJIbIla COOPaHBI
U3 CeMU Pa3JIUYHBIX O-CYyOBheaIuHUIL (0003HAUAIOTCS COOTBETCTBEHHO
0;—04;), @ BHyTpeHHUEe — u3 ceMu (-cyobenuuut (,— ;). ¥ npoka-
PHOT Bce O- U B-CyObeIMHUIILI UAeHTUYHbIe. BHYTPEHHAA IOJIOCTH
IIpoTeacoMbl paszesieHa Ha Tpu otrxena (puc. 10-T'). [IBe BHemrHUE
IIOJIOCTH IIPEABAPSIIOT BXOJ B IEHTPAJbHYI HPOTEOJUTUUYECKYIO
IIOJIOCTh, KOTopada chopmMupoBaHa B-cydbbesmHHMIamMu. B KaeTKax
SYKaAPUOT IPOTEOJUTUUECKON aKTHMBHOCTHIO 00JIafaioT [(-cy0nenmu-
HUIBI TPeX TUIOB: [3; IPOSBJAIOT KACIa30MOJ00HY0 aKTUBHOCTD,
B, — TpumcmHONIOAOO0HYIO U ; — XE€MOTPUICUHONOAOOHYIO aKTUB-
HOCTBh. B mpoxapuoruueckoii 20S mporeacome Bce 14 mMOeHTUYHBIX
B-cy0benmHUIl KAaTAIUTUUYECKN AKTUBHBI.

Bce wacrtuipl, u3 KoTtopbix cobpama 20S mporeacoma, obja-
IalOT BBICOKOM I'OMOJIOTHEN U MMEIOT CXOIHYIO IIPOCTPAHCTBEHHYIO
cTPYKTYypy. OZHAKO 0-CyOBeJUHUIIBI, B OTJINUME OT [-CyOBeJUHUII,
VMEIOT HOIOJHUTENbHYI0 N-KOHIEBYIO O-CIIMPAaJib. ITOT YUYACTOK
MOJIEKYJIbI a-cy@se,unmzmm IIPUHIIUIINAJIBHO BaXXE€H OJIA OTrPaHu4Ye-
HUSA TOCTYIIa BO BHYTPEHHIOK II0JIOCTH IIPOTEACOMBI. ¥ IIPOKAPHOT
BCe OL-Cy6'Be,I[I/IHI/IIIBI B paBHOfI CTeII€eHM BHOCAT BKJIAO B OTKPBI-
BaHNE IIOPbI, 8 Y 9YKAPUOT OCHOBHASA POJIb IPUHAIJIEIKUT CYOBeIu-
HUIIE O5. ¥ BTOH cyObemmHUILI N-KOHIIEBAasA O-CHUPAJb OOJbIIIE
BCEero BBICTYyIIaeT B KaHaJ U BSaHMOI[eﬁCTByeT C OCTaJBbHBIMU
mecthio o-cyowbenquaumnamu. Cobommaa 20S mporeacoma He yda-
CTBYET B IIPOTEOJIM3€e, TAK KaK KaHAJLI JOCTYIa B IIPOTEOJUTHYE-
CKYIO IOJIOCTh y Hee 3aKPBIThI. [ OTKPBIBAHUS KAHAJIA W AKTH-
BaIlUM MIPOTeosim3a Heobxoaumo B3aummogeiicTBue 20S mporeacoMsbl
C OMHOII WU ABYMSA PeryJaATOpPHbIME 19S uactumamu.

PerynatopHasa 19S uactuiua

19S uacTuIta COCTOUT Kak MUHUMYM u3 17 cyobenuauii. Kpome
OCHOBHBIX CYyOBEIMHUIL B cocTaB 19S uacTUIIBI MOTYT BXOAUTH MIO-
MMOJTHUTEJbHBIe OeNKM, IPUHUMAIOINe yuyacTue B cOOpKe U pery-
JSAIUY aKTUBHOCTY TIPOTEOJUTUUYECKOT0 KOMILIEKca.



CUCTEMA YBUKBUTWUH-OMOCPENOBAHHOM AErPALALNK BEKOB 33

B crpyrType 19S uacTuibl IPUHATO pas3jnyaTh OCHOBAHUE
u KpeIMKY (puc. 10-A). HeBATh cy0beamHUIL (GOPMUPYIOT OCHOBAHME
YaCTHUIIbI, KOTOPOe KpenuTrhesa Ha moJrocax 20S mporeacomsl. Illects
U3 IeBATH CyO'beIUHUI OCHOBaHUA oOsmamaioT ATd-a3Hoii aKTUBHO-
cthio. OcTanbHbIe cy0ObefuHUIBI 19S yacTUIlbl 00Pa3yIOT KPHIIIKY.

IIpucoeguuenue 19S uvactunsl k¥ 20S mpoTeacomMe COIPOBOXKIA-
eTcsi KOH(POPMAI[MOHHBIMY IIE€PECTPONKAMY B aMUHOTEPMUHAIBbHBIX
o0JsIacTAX O-Cy0'beIMHUIl BHEIITHUX TelITaMepPHBIX KoJiell. B pe3yin-
TaTe dTOr0 IOpPa MPOTEACOMBI IEPEXOAUT B OTKPBITYIO KOH(pOpMA-
nuo. OJHAKO MOCTYII B IPOTEOJUTUYECKYIO IMOJOCTH CTPOrO KOH-
TPOJUPYETCS PEryJsiTOPHOII UacTHUIlell, HaumboJiee BarKHOU (PYHK-
uell KOTOPOU sBJsSeTCs mM30uUpaTebHOE CBA3LIBaHHE cybcTpara.

0Oco6eHHOCTN GYHKLMOHNPOBAHNA 26S NpoTeacombl

Cy0OcTpaT ys3HaeTcd IO HAJUUYUIO MOJUYOMKBUTHHUPOBAHHBIX
TPYIII U CBA3BIBAETCA HECKOJbKUMU CyObeqUuHUIIaMU. B y3HaBaHUU
¥ CBA3BIBAHUM cybOcTpara, moMumMo cyonbenuuuil 19S vacTuilbl, Mo-
T'yT IPUHUMATH yUacTue JabUIbHO acCOIMUPOBAHHLIE C HEHM BCIIO-
morarejabHble 0enKu. Cy0obefUHUIBI, IPUHUMAIOIE yIacThe B y3-
HaBaHUU cybGcTpaTa, He TOJLKO PACIIO3HAIOT HPOCTPAHCTBEHHYIO
CTPYKTYPY HOJUYOMKBUTHUHOBOM ITeNM, HO U CIOCOOCTBYIOT IIpa-
BUJIBHOII OpHeHTaIlny YOUKBUTUHUPOBAHHOTO cyOCTpaTa Ha TpO-
Teacome. KoppeKTHOe paciojioskeHue cybcTpaTa IIO3BOJAET ero
IajbHelIIee pasBopauynMBaHNE U TPAHCJIOKAIINIO B IIPOTEOJUTUUE-
CKYI0 moJiocTh 3a cueT AT®d-a3HO0II aKTUBHOCTU CyOUaCTUIl OCHOBA-
Hus 19S uactunpl. PasBopaunBanme MOJUMNENTUAHON ITENU SBJIS-
eTcs HeOOXOAMMBIM YCJIOBUEM, TaK Kak pasmep mopbkl 20S mpoTe-
acoMbl He II03BOJISET 0Ky C PasBUTOM IIPOCTPAHCTBEHHOH CTPYK-
TYpO# NMPOHUKATHL B KaHaJl IPOTEaCOMBI.

B mporiecce B3auMomeHcTBUA cyOCcTpaTa ¢ IIPOTeacoMoii CTUMY-
JUpPyeTcA U3oImenTuaas3Haa (1eyOMKBUTUHUPYIOIIAA) aKTUBHOCTD Of-
HOIT 13 cy0beauHUI KPBIMKU 19S vactuiisl. I[Tony0UKBUTUHOBEIE
IeIOUYKY CHMMAIOTCA C cyOcTpaTa M PAacCIelJaA0TCS M30IeNTHaa-
3aMU Ha OTAeJbHbIe YOUKBUTUHLI, KOTOPbIe BTOPUUYHO MOTYT OBITH
MCIOJIb30BaHbI B YOMKBUTUHUPOBAHUN.

ITomamas B MPOTEOIUTUYECKYIO ITOJOCTHL 26S mIpoTeacoMsbl, TO-
JUTIETITUAHBIE e 0eJKOB-CyOCTPATOB TMAPOJIU3YIOTCSI OO0 KOPOT-
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KHX IOJUIEIITHULOB, BKJIOYAKIINX OT 3 A0 25 aMHHOKHCJIOTHBIX
OCTaTKOB.

B sykapuoTuueckux KJeTKax 26S mpoTeacoMbl MOTYT AMCCOIIH-
uposath Ha 20S u 19S wacTuibl, KOTOphlie CIOCOOHBI BHOBbL 00be-
IUHATHCSI B (PYHKIIMOHAJBbHO aKTHBHBIe 26S mporeacombl. Kpome
19S uyacTuIbl, CYIIIEeCTBYEeT MHOKECTBO OEJIKOB, KOTOPbhIE€ CIIOCOOHBI
B3auMojeiicTtBoBaTh ¢ 20S mpoTeacomoit 1 ()OPMHUPOBATH aJIbTepHA-
TUBHBIE (DOPMBI TpoTeacoMbl. OCHOBHBIM OTJIUYMEM TaKUX ITPOTea-
COM SABJIETCA UX HECIOCOOHOCTH CBA3BIBATH YOMKBUTUHUPOBAHHBIN
cybcrpatr u orcyrcrBue ATd-asuoit akTuBHOCTU. [[laHHBIE ITpOTeEa-
COMBI MCIIOJIb3YIOTCA KJETKOU MJs1 YOMKBUTUH-HE3aBUCUMOTO IIPO-
TeoJau3a. YOUMKBUTUH-HE3aBUCUMBIN IIPOTEOJN3 MOKET OBITH CBS-
3aH C TaKUMHU (PYyHKIIUAMU:

® TUAPOJIN3 KOPOTKUX IMENTUAO0B IO aMUHOKUCJIOT;
e yyactue B penapanuu [THK (paspyiieHre XxpoMaTUHOBBIX 6eJi-

KOB nys1 obecneuenusa gocryna K [[THK depmentam pemapariun);

e paspyllleHne TeHaTyPUPOBAHHBIX 0€JIKOB (0€JKM ¢ HAPYIIIEeHHOM’

CTPYKTYPOM UaCTO MMEIOT Ha IOBEPXHOCTH MOJEKYJIBI OOIIHp-

Hble TUAPO(POOHEIEe YUACTKY Pa3BepPHYTOM Ieli, KOTOPhIe y3Ha-

I0TCA IPOTEacoMOii; TUAPOJIN3 OEJIKOB C HAPYIIEHHO CTPYKTY-

poit yacto He Tpedyer 3arpaThl AT® Ha pasBopaumBaHUTe IEIIN);

e IIpollecCHHT 0eJKOB (KaK IPaBMJIO, SHAOIPOTEOJIN3 — Pa3phIB

B MMOJUMENTUAHYIO IIeIIb BHOCUTCA HA 3HAUUTEJIHHOM yIAaJIEeHUU

OT KOHITOB MOJIEKYJIBI O€JIKa; B IOJIOCTH IIPOTEACOMBI ITPOHUKAET

MOJMUNENTUAHAA IIellb, CJAOMKEHHAaA B BUAE IMINMUJILKH).



2. PELUENUNA BHELWWHEIO CUrHAJIA

2.1. ObLLAA XAPAKTEPUCTUKA KJIETOYHbIX
PELLENTOPOB

2.1.1. Yro Takoe peuentop?

Perentopsl ABIAIOTCA YaCThI0O CUTHAJBHON CHCTEMBI KJETOK,
obecrieunBaOIlell BOCIPUATHAE BHEITHUX CTUMYJIOB. Bo msberxkanue
IIYTAaHUIIBI CjJeayeT 3aMeTUThb, YTO B CI)I/ISI/IOJIOI‘I/II/I JKHUBOTHBIX TepP-
MUH «PELENTOP» MCIOJIb3YeTCA TaK)Ke I 0003HAUEHM YaCTU CEeH-
COPHOI cucTeMBbI OpraHmusMa (aHanrmusartopa). B mamHOM ciaydae pe-
IIETITOPOM HAa3bIBAIOT CJIOKHOE MHOTOKJIETOUHOEe 0o0pasoBaHUE, KO-
TOPOE COCTOUT HE TOJHKO M3 UYBCTBUTEJIbHBIX KJIETOK, CIIEI[MAJIN-
3UPOBAHHBLIX Ha BOCIPUATHUN BHEITHUX pPa3fpakuTesieil, HO BKJIIO-
JaeT TaKXe HEePBHbIE€ OKOHYAHUA JEHAPUTOB UYBCTBUTEJIbHBIX He-
POHOB, TJINU, CIEIVAJU3UPOBAHHBIE 00pasoBaHM!A, CHOPMUPOBAH-
HBbIE U3 MEKKJIETOUHOTO BeIlleCTBa U KJIETOK APYTIuX TKaHei. DPyHK-
IIUA TAKUX PEIeNITOPOB 3aKJIIYAETCA B IPeoOpas3soBaHUU BO3IE-
CTBUA DPasApPaKUTeJId B HEPBHBIN mMOyJbc. Takum obdpasom, pe-
IIETITOP, KOTOPBIA ABJIAETCA YACTHIO aHAJIM3aTOPa U IIPEACTABISIET
c000¥ MHOTOKJIETOUHYI0 CTPYKTYPY, HEOOXOAUMO OTJINUATEH OT KJIe-
TOUHOTO PEIeNTopa, ABJIAIOIIETOCA MOJEKYJIIPHBIM 00Pa30BaAHMEM.

KaeTtouHsIii penenTop — 3TO MaKpPOMOJIEKYJia WU OJUTOMED-
HBIA 6GEeJKOBBIA KOMIIJIEKC, CIIOCOOHBIN CIenuUUecKu pearmupo-
BaTh HA OIIpeJeJIeHHOE BHEIITHee BO3AEUCTBUE U 3alyCKaTh BHYTPU-
KJIETOUHBIN CUTHAJBHBIY KacKan, IPUBOAAIUN K (hopMUPOBAHUIO
cnenmudUUECKOTO OTBETA HA 9TO BO3MEICTBUE IIOCPEACTBOM M3MEHe-
HUA (QYHKIIMOHAJIBHOM aKTHUBHOCTU KJIETKU.

Hasee nia o003HAUEHUS KJIETOUHOT'O PEIeNTOopa MbI OymeM wuc-
IIOJIB30BaTh TEPMUH <«PEIeIITOP».
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B KieTKax perenTopsl IPUCYTCTBYIOT B 3HAYUTEJIbHOM KOJIMU-
yecTBe U pasHooOpasuu. VX pasamyvarT MO0 MHOTHUM KPUTEPUIM,
U TJIaBHBIM 00pasom, IO:

® TUIYy BOCHPUHUMAEMOTO CHUIHAJIA;
o JIOKAJIUBAIINN;

® CTPYKTYPHBIM OCOOEHHOCTSIM;

® MEeXaHU3MY aKTHBAIIUU.

PacTurenbuble KJIETKU CIIOCOOHBLI PearupoBaTh HA PAa3HBbIE CTHU-
MYJIbI: XUMHUUYECKNEe COeIUHEHUS, CBET, TeMIIePaTypPy, IIPUKOCHO-
BeHIEe, MexXaHnuecKoe BO3elicTBUe, I'PaBUTAIINIO U ApP. B pamkax
yueOHOTO Kypca MBI OyZeM paccMaTpHBaTh ABe HamboJiee M3yUeH-
Hble TPYNONbI PEIEeNTOPOB: XUMHUYECKHEe (JIUTaH/-CBA3BIBAIOIIUE)
U CBETOBBIE.

Kierounble penemnTopsl MOI'YT PaCIOaraTbCid B PA3JIMUYHBIX Ua-
CTSX KJETKH. B 3aBUCHMOCTH OT UX PACIIOJIOKEHUS, Pas3IndaroT
BHEIIIHUE U BHYTPEHHHE PEIeNTOPhl. BHEITHNEe PelenTophbl JOKAIN-
3yIOTCS HaA IJIadMaTUUYecKoii MeMOpaHe, a BHYTPeHHUE — BHYTPHU
KJeTKU. BHeIIHe XUMUUYeCKHe PEeIEenTOPhl ABISIOTCA IPEenMYIIe-
CTBEHHO TPAaHCMEMOPaHHBIMU OEJIKaMU, Y KOTOPBIX JUTAH/I-CBA3BI-
BAIOIIe JOMEHBI PACIOJIOMKEeHbI HA 9KCTPAKJIETOUHOM IOBEPXHOCTHU
ILJIa3MajJieMMbl, a PeryJsTOPHbIe — C IUTOIJIa3MaTUYEeCKONl CTO-
poHbl. BHyTpeHHUEe penenTtopbl MOT'YT OBITh CBSI3AHBI C DHIOMEM-
OpaHaMu, HAXOAUTHCS B PACTBOPHMMOM COCTOSHHM, & TaKiKe BXO-
IUTH B COCTAB MYJbTHUMEPHBIX OEJIKOBBIX KOMILIEKCOB.

2.1.2. CTpyKTypHO-PYHKLNOHAJIbHbIE OCOOEHHOCTUN
peuentopoB

Cy6beanHNYHAA U [OMEHHAA CTPYKTYypa

Perentopel MOTyT OBITH MOHOMEDPHBIMH MOJIEKYJIAMU U COCTO-
ATh U3 HECKOJbKUX cyObenuHuIl. B psme ciyuyaeB cyObequHNU-
HBIM COCTAB MOJIEKYJIBI PEIlelITOPOB M3MEHSETCS B IIPOIlecce aKTH-
panuu. Tak, pelenTopHble KNHA3bI B HEAKTUBHOM COCTOSHHUU MO-
r'yT HAXOAATCA B MOHOMEPHOM COCTOSHHUM, HO IIPU AKTUBAIUU IU-
MEePU3YITCAH.
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Cpeiy OCHOBHBIX CTPYKTYPHBIX MOIYJeH CJIeIyeT BBIIEJIUTH
TPU JOMEHa:
® pelenTOPHBINI — o0ecleumBaeT BOCIPUATHE CUTHAJIA, HAIPHU-
Mep, CBA3bIBAHUE JIUTAHIA;
® PEeryJATOPHBIH — HEOOXOAMM IJIA B3aMMOJEUCTBUSA C CUTHAJb-
HBIMU IIapTHEPaMU, YepPe3 Hero OCYIIeCTBJIAETCS Ilepeaada CUr-
HaJIa;
® TOMEH JIOKAJM3AaIMM — YYaCTOK, ONPENeAIoNuil JoKaausa-

IIAI0 PeIenTopa.

OcraynbHble QYHKIIMOHAJIbHBIE TOMEHBI XapaKTePHBI AJs OIIpe-
IeJeHHBIX TPYII PeIlernTopoB.

Hampumep, perenTopsl MOTYT UMETH YYACTKHU PEryJIAIUU CO0-
CTBEHHOM aKTHUBHOCTHU. OTU YYACTKHU WMJU COJAEP:KaT CAUTHI IOCT-
TPAHCIAIUOHHON MOTUMUKAIINY WK CIYKAT IJIS CBSI3BIBAHUS C aJl-
JIOCTEPUUYECKUMHU DPeTyJATOPaMU PasHOl mpuponbl (0esxkamm, HUB-
KOMOJIEKYJIAPHBIMU BellleCTBAMU, NOHAMM). B 3aBUCUMOCTHU OT CTa-
Tyca KJIETKHU, aKTUBHOCTb PEIENTOpPa Uepe3 MaHHBbIe YYACTKU MO-
JKeT YCUJIUBATBHCS, OCJIA0JISATHCS UJIM IIOJHOCTHI0 MHIMOMPOBATHCSH.

A pelenTOPHBIX KMHA3 XapaKTepPHO HaJIU4YNe KMHA3HOTO JO-
MeHa, B KOTOPBIN BXOOAT PeaKIMOHHLIN IIEHTP, a TaKiKe MHOMKe-
CTBEeHHBIEe caiiThl aBTO(dochopuaupoBanusd. IIpomece aBTodochopu-
JINPOBAHUS SIBJIAETCA HEOOXOOUMOM YaCThbI0 MeXaHM3Ma aKTUBaI[UU
9TOTO THIIA PEIeIITOPOB.

OCHOBHbIe MeXaHN3Mbl aKTUBaLUun peuenTopoB

MexaHN3MBI AKTUBALINN PEIEIITOPOB MMEIOT PA3JINUYHBINA XapakK-
Tep, OJHAKO B OOJIBIIMHCTBE CJIyYaeB OHU CBOAATCA K (hOPMHUPOBa-
HUIO CBS3BIBAIOIIEl MOBEPXHOCTH, Yepe3 KOTOPYIO OCYII[eCTBIAETCS
B3aUMOJENCTBYE PEIeNTopa C JAYHCTPUM CUTHAJIBHBIMU IIOCPELHM-
KaMu, YTO HeoOXOAMMO AJs mepefaun curxajia. ToJabKO B caydae
pelenTopoB-KaHaso(popMepoB, KOTOPbIE COBMEIAOT (GYHKIIUIO pe-
IEIITOPOB U MOHHBIX KAHAJOB, CUTHAJ IepefaeTcs MOCPeIaCTBOM
V3MEHEeHUsI KOHIEHTPAIIUN HNOHOB, BBLIMOJHSIOIMUX POJb BTOPUY-
HBIX MECCEHJKepPOB.

1. HUsmenenune xouHdopmanuu. VaMmenenuss KoHGOPMAIUUA MOJIe-

KYJIBl pPeIenTopa, CTUMYJHNPOBAHHBLIE B PE3yJbTaTe BOCIIPU-

SATUS CUTHAJNA, HPUBOLAT K (POPMUPOBAHUIO CBI3BIBAIOIIEH
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MOBEPXHOCTU, HEOOXOAMMOUN IJIs B3aUMONEHCTBUSA pellerTopa
C IayHCTPUM CUTHAJbHBIM IapTHepoM. I[Jigd HEKOTOPBIX perer-
TOPOB 9TO COOBITHE SBJISIETCS NOCTATOUHBIM AJISI IIepefadyu CUT-
HaJIa.

KoBanentHas momucpukanua. VsmeHeHne ITPOCTPAHCTBEHHOM
CTPYKTYPBI PALA PEIelTOPOB SIBJIAETCS MEPBBIM JTAOM aKTH-
BaIlMM, TOTIA KAK IIOBEPXHOCTDL B3auMoOeicTBus (OPMUPYETCS
B pes3yJabTaTe MOCJeAYyIOIell IMOCTTPAHCIAIMOHHON KOBAJIEHT-
HOM MOAU(MUKAIINK. ITOT MEXaHM3M XapaKTepeH IJsd pelell-
TOPHBIX KuHAa3. OH CBOAUTCA K TOMY, UTO B Pe3yJbTaTe peler-
UM ¥ U3MEHEeHUs KOH(MOPMAIMKU Y PEIenTOPOB IIOBBLIIIAETCS
CPOZICTBO APYT K APYry — OHU 00PasyloT roOMOAUMEpPHBbIE KOH-
CTPYKIINU U B3aMMHO (hochopuaupyoT Apyr apyra. @ochopu-
JIUPOBaHMe IPUBOAUT K (POPMHUPOBAHUIO CBA3BIBAIOIIEl ITOBEPX-
Hoctu. KoBasenTHast MOgU(PUKAIIAA PEIEIITOPOB MOKET TaKiKe
OCYIIEeCTBJIATHCA BCIIOMOTaTEIbHLIMUA PEryJIsITOPHBIMU KOMIIO-
HeHTaMH, 00JIaJalIIMI KaTaJIUTUYeCKOll aKTHUBHOCTHIO. Ilo-
CPeJCTBOM TAKOr0 MeXaHM3Ma PeryJJnupyercs CIOCOOHOCTHL pe-
IeIITOPa He TOJBKO B3aMMOIENCTBOBATH C JAYHCTPUM CHUTHAJIb-
HBIM IIaPTHEPOM, HO M BOCIPUHUMATH BHEIITHUIN CUTHAJI.
BrIicBOOOKTIeHNE pelenTopa U3 CBI3AHHOTO cocToaHus. Cyre-
CTBYeT IPYIIa PelernToOpPoB, KOTOPbIe B HEAKTUBHOM COCTOSHUN
CBA3AHBI C 0EJIKOM (UacTo IIAllepOHOM), 3aKPBIBAIOIIIUM JOCTYII
K OIpPeeIeHHBIM YYACTKAM IIOBEPXHOCTH MOJIEKYJIBI PeIlenropa,
HEOOXOAMMBIM [IJisi MPOSBJEHUS WU PEryJsaluud ero (PyHKI[U-
OHAJIBPHOW aKTUBHOCTH. B pesyJsibTaTe pelneninuy HeaKTUBHBIN
KOMILJIIEKC pacIiafiaeTcs, PelenTop BbICOOMKIaeTcs U mpuodpe-
TaeT BOBMOYKHOCTH mepenaBaTh curHajy. Hambosiee BaKHBIMU
yY4acTKaMM PeIlelTOPHBIX MOJIEKYJ, KOTOPbIe MOT'YT 3KPAHUPO-
BATBCS PEryJIsiTOPAMU, SABJISIOTCS:

YY4aCTKM B3aMMOJEHCTBUS ¢ MHUIICHIMHU: OTKPBIBaHUE yUacTKa
IIO3BOJISET PEIENTOPY CBA3BIBATHLCSA C MUIIEHAMU U MOIYJIAPO-
BAaTh UX AKTUBHOCTD;

TOMEHBI JIOKAJTU3AIUN: M3MEeHeHNe JIOKAJIU3AIUU PeIenTOPOB
HeoOXOAWMO IJiI IPOCTPAHCTBEHHOT'O Pa300IeHus WMJIU COJIM-
JKeHUS PellernTopa W MUIIEHU;

peryJiaTopHbIe TOMEHBI: YYaCTKU B3aMMOJENCTBUA C aJlJIOCTEPH-
YECKUMHU PEeryJIsiTOPaMM UJIUA CANTHI IIOCTTPAHCISIIMOHHOH MO-
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IupUKaIuu, Yepes KOTOPbIE OCYIIECTBJIAETCS PeryaAlus ak-

TUBHOCTU PeIlernTopa.

4. IlepepacmpeneneHne penenTopa MeKAy IJIa3MaJIEeMMHON U 9H-
TOCOMHOMH (PpakumuAMHU. OTOT MEXaHW3M aKTyaJeH TOJbKO IJIA
MeMOpPaHOCBSI3aHHBIX pPeIenTopoB. IlocpeacTBoM »TOro mexa-
HH3Ma 4YacTh IIJIadMaTUUYeCKOW MeMOpaHBI, coaepsKalleil pe-
LEIITOPhI OIPeNeIeHHOr0 THUIA, IYTEeM JHIOIIUTO3a IEePEXOIUT
B 9HAOCOMBI. Bo3dMo:KeH oOpaTHBINI IpPOIlecC — CANAHNE SHIO0-
coM c mrasMajgeMMoii. Takum o0pas3oM, perernTopbl U3bIMAIOTCS
n3 MeMOpaHBI MJIM BO3BpalaioTcsa B Hee. Ilepexon peremnrtopa
U3 IJIa3MajJieMMbl B 9HIOCOMBI MMeeT KaK MUHMMYM [OBa 3HAa-
YeHUs, MPOTUBOIOJIOMKHBIX II0 3HAUEHUIO:

e ymajieHue pelleriTopa M3 IIasMaJieMMbl IeJIaeT HEeBO3SMOYKHBIM
ero B3aumMOJeiiCTBUEe C JUTAHIAMH, YTO IIPUBOAUT K IIpPepbIBa-
HUIO CUTHAJIA;

e MMepexoji B ®HAOCOMBI SIBJISETCS CBOEOOPA3HBLIM MEXaHH3MOM [0-
CTABKM aKTUBUPOBAHHOTO PEIleNTOPa K BHYTPUKJIETOUHBIM MU-
IIEHAM, UTO B Psifie CIAydYaeB ABJSETCS HEOOXOAMMBIM yCJIOBHUEM
IS TlepeJauyy CuUrHaja.

AKTHuBaNUA PEIeNnToOPOB U Ilepenadya CHUIrHAaJa YacTO IIPEeICTaB-
JISIOT COOOI MOCTATOYHO CJIOMKHBIE IIPOIIeCCHI, KOTOPbIE BKJIOUAET
B ce0s HECKOJBbKO pasHOOOpasHbIX MexaHu3MoB. Hampumep, perer-
TOPBI OPACCUHOCTEPOUIOB, KOTOPbIE ABJISIOTCS PEIeNTOPHBIMU KHUHA-
3aMWM, B IIpoIlecce aKkTuBanuu PocPOpuIupPyOT IPYyT APyra, a TakKe
moaBepraiTces (GocHOPUINPOBAHNIO KOPEIEITOPHBIMY MOJIEKYJIaMU
U IPyruMu peryastopamu. Kpome sTOoro, KarajiuTudyecKas aKTUB-
HOCTb OPAaCCHHOCTEPOMIHOI0 PeIlelTopa HaIlpaBieHa Ha JaYHCTPUM
CUTHAJBbHBLIN MMOCPEIHUK, & B HEKOTOPBIX CJAydYasiX MEXaHU3M IIe-
pemauy curHaja Ipejllojiaraer o0pasoBaHUe U TPAHCJIOKAIIUIO SH-
IOCOMHBIX BE3UKY.JI.

(DyH KUMNOHaJ/IbHAaA aKTUBHOCTb

ITo pyHKIMOHAIbHON AKTUBHOCTU PEIeIITOPHI MOXKHO pasje-
JIUTH Ha [Be YCJOBHbIE KaTeropum: KJacCUUeCKUe U pPelelnTOPbI
¢ IBOUMHOM! (hyHKIUE.

Kinaccuueckue penenTtopsl He BBHINOJHAIT HUKAKUX WHBIX
GYHKIIMI KpoMe COOCTBEHHO DEIENIINU U Tepefaul CUTHAaJIA.
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PenennTopsl ¢ ABOIHON (PyHKIIMEH TOMUMO PEIEINIIUY BBHITIOJI-
HAIOT UHbIe QyHKIUU. K 1aHHONW rpyIie MOKHO OTHECTH PeIeITo-
peI-KaHagodopMepbl — TpaHcMeMOpaHHBIE OEJIKOBbIe KOMILJIEKCHI,
KOTOPBIE COBMEIAIOT (PYHKIIUMIO PEIlelITOPOB M MOHHBIX KAHAaJIOB.
CyIIlecTBYIOT TaKiKe BHYTPUKJIETOUHBIE PEIIeIITOPhI C JBOMHON (PYHK-
nueii. Hanpumep, pemnenrtop aykcuaa TIR1 aBasiercs yacTbio yOUK-
BUTHHHUDPYIOIIEeH nporenHoBoi jgurassl. TIR1 — sTo F-box 6esok,
(GYHKIIEN KOTOPOro SIBJAETCS BBIOOP UM CBA3bIBAHUE cyOcTpaTa s
youkBuTunuposauusa. Pementop TIR1 npuobGperaeT cpoAcTBO K OeJ-
Ky-cyOCTpaTy TOJILKO B Pe3yJbTaTe pPelelluyd ayKCHUHAa.

2.2. JIMTAHA-CBA3bIBAIOLWWE PELIEMNTOPDI

Cy1recTByeT OrpOMHOE KOJIMUYECTBO KJIETOUHBIX PEIelITOPOB, KO-
TOpbIe cIenu(MUUECKU CBASLIBAIOT XUMHUUECKUE coequHeHuA (JIu-
raHAbl) OIIPeNeJIEHHOTO Tuila. TaKMMU BellleCTBAMU MOTYT OBITH
TOPMOHBI, APYyrue OMOJIOTMUYECKN aKTHUBHBIE BEIeCTBA C TOPMOHO-
MONOOHBIM OeliCTBUEM, SJIMCUTOPHI, TpouuecKue coeauHeHus (ca-
Xapa, aMUHOKUCJIOThI), MOHBI (HampuMep, HUTPATHI) U Ap. JKCTpa-
KJIETOYHBIE JIUTAHAbI, KOTOPHIE CIeIUu(PUUECKU B3aMMOIEUCTBYIOT
C pelenTopaMy, Ha3bIBAIOT MEPBUYHBIMH MecceHmkepamu. Creru-
(uyecKoe CBABLIBAHUE C IEPBUYHBIMU MECCEHJKepaMu IIPOBOIIUPYET
KoH(GOpPMAIIMOHHBIE UBMEHEHUSA PeIenTopa, HeobXoauMoe Jid 3aIry-
CKa TPAaHCAYKIIUU BHYTPUKJIETOUHOTO curHasia. Ciaenyer 3aMeTUTh,
YTO ¢ KOHKPETHBIM XMMHUUYECKUM DPEIEeNTOPOM MOTYT CBA3ATHCA COe-
IUHEHUS PasHO IIPUPOALI, OMJHAKO JaJIeKO He Bce CIOCOOHBI aKTH-
BUPOBATh CUTHAJBHYIO cucTeMy. CrieniuryHOCTh B3AUMOAEUCTBUA,
IMO3BOJIAIOIIASA CTUMYJUPOBATH IIPOIlECC Ilepefadyu CUTHAJa, BO3-
MOXKHA TOJBKO IIPU B3aMMOJEVCTBUU PEIENITOPa C OIpeeJeHHbIM
TUIIOM JINTaHA, KOTOPBIM HA3LIBAIOT TAK)Ke aKTUBHBIM aroHUCTOM.

XuMuuecKuil perentop obsamaeT onpeneeHHON cTeneHbIo ad-
¢dunHOCTH (CpPOACTBA) K JUTaHAy. 3HaUeHUEe aOUHHOCTU BO MHO-
rOM 3aBUICUT OT KOHIIEHTPAIIUU JUTAHAA B TKAHAX OpraHmsMa. JI1o-
00l pelenToOp HACTPOEH Ha OIIpelesIeHHBbIN YPOBeHb KOHIIEHTPAIIUN
aroHUuCTa, IPU KOTOPOM BO3MOKHO 3()(eKTUBHOE CcBsa3bIiBaHue. Ha-
mpuMep, TpoduuecKme COeIUHEHUS MPUCYTCTBYIOT B 3HAUUTEJIBHO
OOJIBIINX KOHIIEHTPAI[UAX, YeM PeryJATOPbl FOPMOHAJIbHON IIPU-
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poabi. COOTBETCTBEHHO, PEIENTOPHI, CIeMUPUIHBIE K TPOPUUECKUM
coeIMHEeHUsIM, 00JiafaioT 0oJiee HU3KUM CPOJACTBOM K aroHMUCTaM,
YeM PeIenTophbl TOPMOHOB M TOPMOHOIIOMOOHBIX PETyJIATOPOB.

IIpouHOCTH CBABBIBAHUSA pelrienTopa ¢ guraugoMm (ahdOUHHOCTD)
SABJISETCS BayKHON KMHETHYECKOM XapaKTePUCTUKON M BhIpakaeTcs
KoHcTauTol auccornmanuu (Kp), 3HaueHMe KOTOPOW pPaBHO KOH-
IEeHTPAIlUU JIUTAHLa, IPU KOTOPOH ITOJIOBMHA PEIEeNITOPOB CBA3aHA
c auraggoM. YeM HMKe KOHCTAHTAa OUCCOIMAIINM, TeM 0oJiee HU3-
KUe KOHIIeHTPAIlUY JUTaHAa TPeOYIOTCA MJIs CBASBLIBAHUS C PeIlell-
Topom. Huskue sHauenus K, Taxkike ABJIAIOTCA NpU3HAKOM OoJiee
IIPOYHO CBA3AHHOTO KOMILJIEKCA PeleNTOP—JUTaHa 1 0ojee IPOI0JI-
JKUTEJLHOTO BpEeMs ero CyIlecTBOBaHUA. BaaummomeiicTBUe peller-
TOpa U JIMTaHJIa MOJKET MMEeTh Pas3JNUYHBIN BPeMEHHOHN XapakTep.
Opuaxko aad 3(pdeKTuBHONE PabOThl CUTHAJBHON CHCTEMbI KJIETKI
BajKHOE 3HAUEHUEe MMeeT He TOJbKO IIPOYHOCTL CBA3LIBAHUA pe-
IenTopa ¢ JUTaHJOM, HO TaKiKe M CKOPOCTh AUCCOIIMAIIUU PeIlell-
TOpa U Juramga. MsMeHeHMe YCJIOBUII MOKET IIPUBECTH K HE0o0XO-
IUMOCTHU OBICTPOTO MPEKPAIeHUs CTUMYJSAINN pPelenTopa JUraH-
IOM, a STOTO Jerdue AOCTHUYL IIPU CPaBHUTEJbHO HU3KON ad@uH-
"HocTu. Ilo 9TOll mpUUYMHE KOHCTAHTA AUCCOIHAIINU OOJIBIITHHCTBA
PelenTopoOB ¢ JUTAHIAMM dYallle UMeeT IIPOMEKYTOUHbIe 3HAUCHUA
u onenuBaerca B cpegeMm 10°-10"7 M, HO y pasIMUYHBLIX PEIenTO-
POB MOJKET BapbUPOBATH B 3HAUUTEJBbHBIX IIPeIesiax.

OauH U TOT JKe JIUTAHJ MOYKET CBA3LIBATHCA PA3JIUYHBIMU THU-
maMu CIeIMaJu3uPOBAHHBIX PEIEeNTOPOB, KOTOPhIe 00JIaaioT pas-
HBIM CPOJCTBOM K Jurauay. Hampumep, y pacTeHuin oOHapy:KeHO
MHOK€ECTBO 9THJIEHOBBIX PEIENITOPOB (TUCTUAMHOBBIX KUHA3), KOTO-
phle CBA3BLIBAIOT THUJIEH B AualiasoHe KoHienrpanui 0,1 - 10° M —
5-10° M. Ilo cremeHHU CPOACTBA C STUJIEHOM MX Pa3fesdioT Ha IBe
TpPYIIbI: BhIcOKoadpuuHbIe 1 HuU3KoadpuHHBIE perentopnl. Ile-
pHUoOI TMoJypaciaza KOMILJIeKca BbICOKOA((GUHHBIX STUJIEHOBBIX pe-
IEeIITOPOB C JUraHaoM in vitro gocruraer 6 uacoB u 0Oojee, Torma
KaK JJIA BTOPO¥ T'PYHIbI, HU3KoaA(G(GUHHBIX PEIerTOPOB, 3Ta BEJIN-
ypHa He npeBbimiaerT 30 munyT. Ilo-BUAgMMOMY, HaJIUUYNE PEIEITO-
POB C Pa3IUYHON aPOUHHOCTHIO K JUTAHAY HEOOXOAUMO IJIA TOTO,
YyTOOBI OTJINYATHL KOHIIEHTPAIIUM, B KOTOPBIX IPUCYTCTBYET JIU-
ragj B TKaHW. JTO MMeeT MPUHIMNUAJIbHOEe 3HAUEHUE B PEryJid-
TOPHOM OTHOIIIEHWY, MIOCKOJbKY PasHble TUIBI PEIENTOPOB (B OTBET
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Ha pas/IMYHbIe KOHIEHTPAIMU JUraga) MOTYT CTUMYJIUPOBATL He-
OHO3HAYHBIE CUTHAJbHBIE MeXaHUu3Mbl. KpoMe TOro, BaKHBIM MO-
JKeT OBITh MPOMOJIKUTEIbHOCTD IMOAMePIKaHusA curxHasa. Hampu-
Mep, B CTPECCOBBIX YCJIOBUSAX BO3[IeiiCTBUE dTUJIEHA HA PeIlelITOPLI
aKTyaJIbHO TOJBbKO JIUINb IIPU BIAUAHUU HeOJATOMPUSITHOTO (PaK-
TOpa, TO €CTh dTa pPeaKIus oOpaTmMa HIPU U3MEHEHUU YCJIOBUIA.
B TO Ke BpeMsi, IpOIECCHI CO3PEBAHUSA COUHBIX ILJIOJOB WUJIU CTa-
PeHus OpPraHoB IIPENCTABJSAIOT COOOI CBOEro poia BEKTOPHBIE Me-
XaHU3MBI, KOTOPbIe MOYKHO YCKOPHUTH WUJIU 3aMEIJIUTh, HO HEBO3-
MOYKHO OTMEHHUTH. XOTsI HAHHBIX 00 ap()MHHOCTU PEIEITOPOB ITH-
JIeHa, YYaCTBYIOIIUX B OMMCAHHBIX MEeXaHWU3MaX, HET, MOKHO IIPej-
MMOJIOXKUTh, YTO IJIA OOPATHUMBIX IIPOIECCOB MCIIOJL3YIOTCS Pellell-
TOPBI C MEHBIIINM CPOJCTBOM, II0 CPABHEHUIO C IIpoileccamMu Heobpa-
TUMBIMU. KOCBEHHO 9TO MOATBEPIKIAETCSA TEM, UTO B IOBEHUJIbHBIX
¥ 3peJbIX TKAHSIX PACTEHHUU MMOAAEPIKUBAETCS 9KCIPECCUs T'eHOB,
KOAMPYIOIINX PasJNuUYHble HAOOPHI 9TUJIEHOBBLIX PEIleIITOPOB.

Ha nnasmaTtmueckoil meMOpaHe WM BHYTPHU KJIETKH HaXO-
IUTCS OIPOMHOE KOJIMUYECTBO PA3JIMUYHBLIX PeIlernTopoB. PerenTopsl
OIlPeIeIEHHOr0 THUIIA MOI'YT IIPHCYTCTBOBATHL B PA3HON KOMUHMHO-
CTHU, IPUUYEM B HEKOTOPBIX CIYyYadX MX KOJUUECTBO MOIKET JOCTH-
raTh HECKOJILKO TBHICSY B pacueTe Ha ONHY KJeTKy. Tak, Ha mias-
MaTUUYeCcKOi MeMOpaHe TUIIMUYHOI *KMBOTHON KJETKHN HACUUTBLIBA-
ercs 10 000—20 000 perenTopoB ogHOrO THIa. IIpuuem O akTH-
BAIlUM CHEIU(PUIECKOT0 OTBETA HOCTATOYHO CTHUMYJIAIUU He 0oJiee
2% ropmou-crenupuuecKux perentTopoB. Takas 6oJbIlas KOHIEH-
Tpanusa PelernTopoB, BEePOSTHO, HEOOXOoauMa AJIsS OTBeTAa Ha HU3-
KMe KOHIIEHTPAIIMU JIUraHga.

2.2.1. Jlokanusauua nuraHa-cBA3biBaloLWMX peuenTopoB

PacnonosxeHue aurasj-cBA3BIBAIONIUX PEIEITOPOB BO MHOTOM
onpejenaeTcsa NPUPOAON JMTraHIa, KOTOPBHIM OHUM BOCIPUHUMAIOT
B KauecTBe cursHaja. JlumopacTBopuMble JUTaHABLI JIETKO IIPOHU-
KaloT dYepes ILIadMajeMMy BHYTPb KJETKU IIyTeM OOBIYHOI Aud-
dysum CKBO3b OMIMNUIHBIN CJION WU Uepes CIeINaJi3UPOBAH-
Hble IePEeHOCUYMKY IIoCPeicTBOM obsieueHHOM nquddysuu. Takwme cur-
HaJbHBIE MOJIEKYJIBI MOT'YT CBA3BLIBATHLCA U C BHENIHUMU, U C BHY-
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TPpeHHUMU pelenTopamMu. Hampumep, CTepOUIHBIE TOPMOHBI JKU-
BOTHBIX JIETKO NPOHUKAIOT B KJETKY BCJEICTBMUE JUMOPUILHBIX
CBOIICTB W CBAS3BIBAIOTCS C PEIEIITOPAMU, JOKAJIUIYIOIIUMUCS B ITH-
TOIIad3Me WJIW B HyKJeomaasme. Bmecre ¢ TeMm, Haiuume BHYTPU-
KJIETOUHBIX PEIEIITOPOB [JIA JUIOMPUIbHBIX PEryJIATOPOB, IIO-BUIY-
MOMY, He ABJISeTCA 00A3aTeJbHBIM. PacTUTEIbHbIE CTEPOUIHBIE TOP-
MOHBI, OPaCCUHOCTEPOUAbI, OJU3KU II0 CBOEH IIPUPOJE KUBOTHBIM
aHaJjioraM, XOTsI PACTUTEJbHbIE U KUBOTHBIE CTEPOUTHBIE PEryJisi-
TOPBHI U MMEIOT CYIIeCTBEHHbIe Pasjanuusi B KoJblie B. V3BecTHbIe
perenTopsl OPACCMHOCTEPOUIOB JIOKAJU3YIOTCS Ha ILlasMajieMMe,
a CYIIeCTBYIOT JIM MX BHYTPUKJIETOUHBIE PEIleIITOPLI, HE M3BECTHO.
C Ipyro#l CTOPOHBI, PEIENTOPHLI PACTUTENHHOTO TOPMOHA 3THUJIEHA,
UIeHTU(MUINPOBAHHBIE [0 HACTOAINEr0 BPEMEHU, PacCIoJiaraiTCs
UCKJIIUNTEJIbHO HA IJIa3MajieMMe, XOTs 9TUJIEeH JOCTATOUHO JIETKO
muddyasupyer uepes MeMOpaHBI.

Taxue pacrurenbubie ropmoubl, Kak UYK, ABK u ru6bepes-
JINHBI SABJISIIOTCSA CIA0BIMU KHCJIOTAMU, BCJIEACTBUE UEro MMEIOT IIe-
PexOoJHbIe CBOMCTBA PACTBOPUMOCTU. B KHCIBIX YCJIOBUSIX HUX MO-
JIEKYJIBI IIPOTOHUPYIOTCS W MPUOOPETAIOT 9JIeKTPOHEeNTPaIbHOEe CO-
CTOSIHUE, IIPU KOTOPOM JaHHBIE BEIEeCTBA XOPOIIIO PACTBOPSIOTCS
B JUOUIHOHN (pase M IMOSTOMY JETKO NPOHUKAIOT B KJIeTKY. OmHaKo
B IIEJOYHBIX YCJIOBUAX OTU I'OPMOHBLI TE€PSIOT IIPOTOH U IIEPEXO0-
nar B nonHoe cocrosume (MYK-, ABK-, I'K"), koropoe obecmeuu-
BaeT UM TUAPO(GUIbHBIE CBOiicTBAa. MeKKJIETOUHOE IIPOCTPAHCTBO
y pacTeHui# (amomJjacT) mMeeT HHU3KMe 3HaueHusd pH, mpum Koro-
PBIX ciaabble KUCJOTHI He 3apsKeHbl. IlosTomy muddysua UVEK,
ABK u rub6epelInHOB uepes ILJIa3MaTHUUYECKYI0 MeMOpaHy W3 amo-
IJIACTA BHYTPh KJETKHU MPOUCXOAUT HOCTATOUYHO Jerko. OOpaTHbIi
BBIXOJ TOPMOHOB M3 KJIETKHU 3aTPyAHEH U TpedyeT 3aTpaThl J0-
MOJIHUTEJbHOU sHepruu. Takmm oOpasoM, CJIa00KMCJIOTHBIE CBOM-
CTBa JAaHHBIX TOPMOHOB, a TaKJKe pacIipelesieHue 3apsga OTHOCH-
TEJIbHO ILJIA3MAaJIEMMbI IIO3BOJISIIOT BHYTPUKJIETOUHYIO JIOKAJIU3AI[HAIO
ux perenTopoB. Ilpenmonaraercs, 4TO PEIENTOPHI 3TUX I'OPMOHOB
JIOKQJINBYIOTCSA Ha IIJIadMajieMMe U BHYTpHU KJeTKu. OZHAKO s
BCEX TPeX I'PYIII FOPMOHOB B HACTOsAIEe BpeMs OOHAPYIKEeHbI BHY-
TPUKJIETOUHBIE PEIlelITOPbI, a BHEIHUN PeIenTop UIeHTU(PUIIIPO-
BaH ToabKO A UYK. Buemuuit perentop aykcuna ABP1 (auxin
binding proteins 1) sBiseTcs IOBEPXHOCTHBIM OEJIKOM, KOTOPBIH
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PacmoJIOXKeH Ha BHEIIHell IIOBEePXHOCTHU ILIasMajieMMbl. IIpeamoJia-
raercs, utro ABP1 B3auMomeiicTByeT ¢ TpaHCMeMOpPaHHBIM 0€JIKOM,
yepes KOTOPBIN OCYIIECTBJIAETCS Mepefada CUrHajIa BHYTPh KJIETKH.

Muorue ropMoHBI COBCEM HE MPOHUKAIOT B KJETKY, UJIU ITOT
IIPOIeCC OCYIIECTBJISAETCS C TPyAOoM. IIpemssiTcTByeT 9TOMY MOJIAD-
HOCTH MOJIEKYJIBI (B TOM UmHCJe HaJuuue 3apsna) Uium ee OOJbIIue
pasmepsl. I[IpuMepoM TOPMOHOB ¢ OOJIBIIION MOJIEKYJISAPHOH MAacCOit
SBJISAIOTCA TMOJUNENTUAHBIEe TOPMOHBI. Bece oHUM, BKJIIOUad JasKe OT-
HOCUTEJILHO HU3KOMOJIEKYJISPHBIE PACTUTEJIbHBIE TOPMOHBI, TaKue
Kak (puTocyab(pOoKUHBI (IpyIIia cyab(PaTHPOBAHHBIX IO THUPO3UHY
TeTpa- U MeHTaNeNTUA0B), CBA3LIBAIOTCA CO CIENUu(PUIEeCKUMHU pe-
IenTopaMu Ha BHEITHEN MOBEPXHOCTU IJIa3MaeMMBbI.

2.2.2. BHelwHune peuenTtopbl

PeuenTop-nogo6Hble KMHA3bI

Penentop-mo006HbIe KMHA3BI SABJIAIOTCSI MOHOMEDHBIMHU HHTE-
rpaJibHBIMU OeJIKaMu, IepeceKaronuMyu MeMOpaHy oxuH pas. OHu
JIOKAJIU3YIOTCS Ha IIJIasMaTHUUYecKoil mMeMOpaHe, HO OOHApysKUBa-
IOTCA TaKyKe B MUKPOCOMHOUM (hpaKIuu.

K pementop-mogo6HBIM KMHa3aM OTHOCSATCSA PeIernToOpbl Opac-
CUHOCTEPOUIOB, MHOTUX BJIMCUTOPOB, a TaKiKe BCe UIACHTUDUIIHIPO-
BaHHBIE [0 HBIHEIIITHET0 BPEMEHU PeIeNTOPHI IeITUIHBIX TOPMOHOB.

Mousexyaa perenTop-mogo0HBIX KMHA3 COCTOUT U3 TPEX OCHOB-
HBIX CTPYKTYPHBIX ajieMeHTOB (puc. 11).

1. 9KcTpakJaeTOUYHBIN (pPeuenToOPHBIN) JOMeH (POopMUPYeTcs
N-TepMUHaAIBHBIM PaiioHOM MOJEKYJabl. COTJIaCHO CTPOEHUIO
9TOTO JOMEHa Pas3jJudyaioT YeThbIpe OCHOBHBIE TPYIINEI pellel-
Top-momo0HbIX KuHasd: LRR-rpymnma (nmefinum-o6oraiieHHbIe
moBTopsl — leucine riched repeat); S-momen rpymnma; Jek-
TUH-IOZO0HBIN momeH; EGF.

2. TpancMeMOpaHHBINH JOMEH IIPeICTaBJIEH O-CIUPAJbHBIM
Y4acTKOM, KOTOPBIN MPOHU3bIBAeT MeMOpPaHy OOUH pas, CO-
eINHAS BHEITHIO U BHYTPUKJETOUHYIO YaCTU PEIeNTOPHOM
MOJIEKYJIBI.

3. ITuromaasMaTuuyecKHii JOMEH — BHYTPUKJETOUHASA YaCThb
pereniTopa, chopmupoBanHas C-TepMUHAIBHBIM yYaCTKOM.
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Bruatouaer peryiasiTopHbIii (hparMeHT, KOTOPBIN COMEPIKUT
KaTaJIuTUUYeCKNIl KUHA3HBIN IeHTP, MHOKECTBEHHBIE CANThI
dochopuanpPoOBaHUA U YUACTKHU B3aUMOJENCTBUSA C CUTHAJD-
HBIMU MoOJIeKyJamMu. KuHasHad aKTHUBHOCTH PEIeINTopP-IIo-
IOOHBIX KMHA3 MOYKEeT OBITHL HapaBJeHA Ha PelemnTopsl (cede
MON00HBIE MOJIEKYJIBI), KOPEIeNTOPhl U APyrue MUIIEHH,
B KayecTBe KOTOPBHIX MOTYT BBICTYIIATh PA3JUYHbBIE PETyJIsd-
TOPHI, a TaKyKe JayYHCTPUM CUTHAJbHBIE OeJIKM, HA KOTOPBIE
mepenaeTcss CUTHAJ.

MexaHu3M mepenaum cMrHaJjJa. BocopuaTue curHaja (CBs3bI-
BaHME arOHUCTA) OCYIIECTBJSIETCA dKCTPAKJIETOUHBIM JOMEHOM pe-
mentopa. CBasbIBaHUE JIUTAHIa CIIOCOOCTBYET MBMEHEHUIO KOHQOP-
Mallii PeIelITOPHON 006JacTH MOJEKYJbl, HO MaJiOo OTpakaeTcs
Ha CTPYKType IUTOIIa3MaTUYEeCKOro joMeHa. Bmecre ¢ Tem, mame-
HeHre KOH(MOPMAaIIUU BHEIITHEro JOMeHa CIIOCOOCTBYET MOBBIIIIEHUIO
CPOJICTBA PEIENITOPHBIX MOJEKYJI APYT K Apyry. IIoCKOJIBKY MoJe-
KYJIBI PEeIenToP-MoA00HBIX KMHA3 MOTYT JiaTepaabHO AuMGYHIANPO-
BaThb II0 MeMOpaHe, OHU CIIOCOOHBI 00pPa30BLIBATH AMMEPHBIE KOM-
IJIeKCHI (perenTop—pernenTop). B MexaHM3Me aKTUBAIUU PEIEeITOP-
HBIX KMHA3 MOTYT yYaCTBOBATh TaKiKe KOPEIeNTOPSHI.

3a cuer cOMMIKEHUA NBYX PEIelITOPOB aKTUBUPYIOTCA KMHA3HBIE
IEeHTPhI, U PEIeNTOPHbIe MOJIEKYJLI (hochOPUIUPYIOT APYT APyTra
110 OCTATKAM CEPUHOB M TPEOHMHOB B Pa3HBIX YYACTKAX ITUTOILIA3MATH-
YEeCKOro JoMeHa. JTOT IPOIlecC HA3hIBAIOT aBTO(oChopuInpoBaHIEM

J'IVIFaHp,bI OOO

H

MOHOMepbI MMEepV30BaHHbBIN nepefava CUTHanNbHbIN
peLenTopnofo6Hoi peuenTop curHana nocpefHuK
KNHa3bl

Puc. 11. CtpyKTypa perenTop-mogo0HO KMHA3LI U MeXaHU3M aKTUBAI[UU
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WV TOUYHEe TPAHCMOJIEKYJISAPHBIM aBTO(hochopuInpoOBaAHNEM, TaK
KaK peleNToOpHbIe MOJEKYJIbl (GocPopuINPyIOT He caMux cebs,
a cebe mmomo0HBIe MOJEKYJabl. VcTOUHNKOM (POCHOPHBIX T'PYIII BhI-
crymaer ATP. Hekoropble pelenTop-mogo0Hble KMHA3bI 00JIagaioT
IBOMHON CHEIU(PUUHOCTBIO U CIOCOOHBI IOMHMO OCTATKOB CepPHMHA
n TpeoHUHAa (pochopUampoBaTh TaKyKe OCTATKU THUPO3MWHA.

ABTodochopurrpoBanme PeIenTopoB ABIAETCA HEOOXOIUMBIM
HAYaJbHBIM 9TAllOM WX aKTHBAIUU, HO, KaK IPaBUJIO, HEJOCTATOY-
HBIM [JIA Ilepefauyu curHaya. B mpoiiecce aBTohocHOPUINPOBAHUS
MMOATOTABJINBAETCA ITOBEPXHOCTh JJIsT B3AMMOJEMUCTBUA C KOpPeIlell-
Topamu. Hanpumep, aBTodochopuInpoBaHme pelernTopoB Opaccu-
nonuma BKI1 (BRI1 kinase inhibitor 1) meobxommmo mis mocie-
nyromiero cBsasbpiBanusa ¢ xKopementopom BAK1 (BRI1-associated
kinase 1), 6e3 yuacTus KOTOPOr0O HEBO3MOJYKHA OKOHUATEJbHASA aK-
TUBAIUA PerenTopa.

Koperienrop perenTop-mogo0HbIX KHUHA3 00JIaaeT CXOTHOI C pe-
IETITOPOM CTPYKTYPOIi, HO HE MMeeT JIUTAH/I-CBA3BIBAOIIEro JOMeHa.
KopemnenTop B mporiecce aKTuBaIuu 00pasyeT reTepoauMepbl ¢ pe-
IEeIITOPOM UM YYACTBYeT BO B3auMHOM (ochopuaupoBanuu. B HeKO-
TOPBIX CIyYadaX 00pa3yIOTCsS reTepoTeTpaMephbl, COCTOAIIE U3 ABYX
MOJIEKYJI PeleriTopa u ABYX MOJIEKYJ Kopelernropa. MHorue Kope-
IEeNTOPHl MOTYT B3aWMMOJENCTBOBATH C PA3JINUUYHBIMU PEIeNTOP-II0-
mobupIMHu KuHaszamu. Tak, KopemenTop BAK1 yuacTByeT B aKTuUBa-
muu perentopa Opaccuuoauga BRI1, a Takike (areanH-CBA3LI-
patomriero perentopa FLS2 (flagellin sensitive 2). Mcciemosarenu
yacTo HasbiBaloT BAK1 yHuBepcaJbHBIM KOPEIEeIITOPOM.

Bzaumuoe dochopunmpoBaHue pelenTopa U Koperemnropa
(rpancdochopuanpoBanne) HAIPABJIEHO HAa IOATOTOBKY pellelm-
TOpa K Ilepejaue cCUTHaja. B peadyjbTaTe pPeIenTOp IpuodOpeTaer
CIIOCOOHOCTEL BO3[EHCTBOBATh Ha CJAEAYIONINI KOMIIOHEHT CUTHAJL-
HOII CHUCTEMHBI.

Ilepemaua curmaja perenTop-mogoOHBIMY KHWHA3aMU BO3MOMKHA
IBYMSA cIIocobaMmu:

1) myTeM MeXXMOJIEKYJISAPHOTO B3aMMOAEHCTBUS C HAYHCTPUM

CUTHAJBHBIM ITOCPETHUKOM (accoruanusa Ui JUCCOIUAIINA);
2) mocpencTBOM KOBAJEHTHOW MOAUMUKAIIUYA CUTHAJBLHOTO ITI0-

cpemHMKA (aKTUBAIUA KMHABHON aKTUBHOCTU PEIleIITOP-II0-

ITOOHOII KMHA3bl B OTHOIIEHUU AAYHCTPUM IIOCPETHUKA).
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B obOoux cayuasax BoO3meliCTBHE pPeIeIrTopa CIIOCOOCTBYET MOXY-
JANUYA aKTUBHOCTU CUTHAJBLHOTO IOCPEJHWKA, a CJIeJoBaTeJIbHO,
mepejave cUTHAJA.

TaxuMm 00pasoM, TPAaHCAYKIIMSA CUTHAJA UepPe3 PelernTop-moao0-
Hble KMHAa3bl He TpedyeT MPOHUKHOBEHUA JUTAHIa BHYTPDb KJETKH,
a MexXaHW3M Iepeladyyd CUTHaJIa MOMKHO ITPEJCTAaBUTL B TAKOM IIO-
CJIeIOBATEIbHOCTU:

1) cBA3BIBaHHE JUTAHA C PEIEeIITOPOM;

2) oOpasoBaHue JUMEPOB PEIEIITOPHBIX MOJEKY.JI;

3) TpaHCMOJIEKYJISApPHOEe aBTOMOCHOPUINPOBAHNE PEIEIITOPOB;

4) oOpasoBaHue reTepOIOJUMEPHBIX KOMIIJIEKCOB C KOPEIeIITo-

pamu;

5) TpaHCchoCchOpPUINPOBAHNE MEKAY PeIlelNTopaMu U KOoperel-

TOpPaMU;
6) Bo3melicTBUe pelenTopa Ha JaYHCTPUM CUTHAJIBHBIA IIOCPEN-
HUK W MOAYJAIMSA ero akKTUBHOCTH (Ilepefadya CUTHAJA).

MexaHu3MBbI mepemadn CUTHAJa B KaXKJIOM KOHKPETHOM CJy-
yae MOTYT oTjindyaThcA. Hampumep, pelnenTop Opu aKTHUBAI[UU MO-
JKeT CBSA3BIBATHCA C JHAYHCTPUM CUTHAJBHBIM MOCPEIHUKOM Yepes
MMOBEPXHOCTH, KOTOpas (opMupyeTcss B pe3yjabTaTe aBTO- U TPaHC-
dochopunupoBanusi. B Apyrux caydasx pelernTop CBA3aH C IIO-
CPEeIHUKOM B HEAKTUBHOM COCTOSHUU, a HMPU AKTUBAIIUU ITPOUC-
XOAUT X puccornuanua. Kpome 3TOro, perentopbl, KOPEIenTophl
U CUTHAJbHBIE TOCPEJHUKU MOTYT B3aMMOJENCTBOBATH C PAa3JIUU-
HBIMU PEeryJaATOpPaMH, MOAYJUDPYIONIMMU WX aKTUBHOCTL. PasHo-
o0pasHblie B3aMMOOTHOIIIEHUS MKy CUTHAJBLHBIMH ITapTHEpaMu
OIpenesAaoT OCOOEHHOCTH aKTHUBAIIMOHHOTO ITUMKJIA U MexXaHu3Ma
nmepegaym CUTHAJA.

fmctngnHoBble peuenTopHble KUHa3bl

I'meTUAMHOBBIE PEIENTOPHBbIE KUHA3LI IIE€PBOHAUYAIBLHO OBIJIN
ob0HapyKeHbl y OaxTepuii. I syKapUMOTHUUYECKUX KJIETOK CYIIe-
CTBOBaHNE TM'MCTHUAMHOBBIX KMHA3 OBLIO IIOKaszaHo B Hauajge 1990-x
rOZOB IIOCJIe OTKPBITHS y pacrenusa Arabidopsis sTmJIeHOBOro pe-
nentopa ETR1, a y mposxixkeit Saccharomyces cerevisiae — ocMo-
cercopa SLN1. 'mcTuanHOBBIe KMHA3bI B M300MJINN BCTPEUAIOTCS
Yy pacTeHuil u 0aKTepuil, HO y »KMBOTHBIX OHM He OOHAPY’KEHBI.
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VYV pacTeHU# THCTHUINHOBLIE PEIENTOPHBIE KMHA3LI IPEICTaB-
JIEHBI ABYMS TUIIAMU:

e rUOpPUAHBIE TUCTUIUHOBbIE KUHA3bI;
® STUJIEHOBBIE PEIEIITOPHI.

Perenropsl 06enx Pyl IMET IOMOJIOTHYHBIE YUACTKYA U B Iie-
JOM 00JIafJal0T CXOAHOI CTPYKTypoii. OmZHAKO MeXIy HUMH €CTb
MIPUHIUIIHAIbHBIE CTPYKTYPHO-PYHKIIMOHAIbHBIE pasanuns. ['1as-
HOe pasjinure 3aKJIJYaeTCs B MeXaHW3Me Iepefadyyd CUrHaja.

rVI6pI/IﬂHbIe TMCTNANHOBDIE KUHA3bI

T'ucTuauHOBBIE PEIeNTOPHBIE KUHA3BI ABJISIOTCA YAaCThIO ABYX-
KOMITOHEHTHBIX CHUTHAJBHBIX CHCTE€M, (QDYHKIIMOHUPYIOIIUX Yy pPac-
TeHu#n u OaxrTepuii. B mpodeccnoHAIBLHOM CJIEHTe MOJIEKYJISAPHBIX
OMOJIOTOB 9TU PEIeITOPHI HA3BIBAIOT YACTO «IABYXKOMIIOHEHTHBIMU
TUCTUAVUHOBLIMYU KHHA3aMU» WJIU <«IBYXKOMIIOHEHTHBIMHU PeIel-
TopaMu». B JaHHOM ciiyyae TEPMUH «IBYXKOMIIOHEHTHBIN» HMeeT
OTHOIIIeHNEe K TUIY CUTHAJbHOM CHCTEMbl U He CBA3aH C OCOOEHHO-
CTAMU CTPYKTYPBI perientopa. [MCTUANHOBBIE PEIeNTOPHbIe KUHASEI
pacTeHuil U 6aKTepuil UMeIOT IOMOJIOTUYHbIE YYAaCTKMU, HO OTJIMYa-
IOTCSA HOMEHHBIM COCTaBOM. BoJjiee CJIOMKHBIE IO CTPYKType T'MCTH-
IUHOBbIe KMHA3BI PACTEHUI HA3LIBAIOT TMOPHIHBIMH.

ﬂpoxapmomqecme ABYXKOMMOHEHTHbIE CUTHAaJIbHbIE CUCTEMbI

JBYXKOMITOHEHTHbIE CUTHAJIbHEIE CUCTEMbI OaKTepuil (puc. 12-A,
B) cocroAaT u3 AByX TUIIOB MOJIEKYJI:

1) rucrtuauHOBBIE pellenTopHblie KuHasbl (His-KuHa3nI);

2) peryaaropsr orBeta (RR — response regulator).

ITo sToli mpUUMHEe NaHHBIE CUTHAJbHBIE CHCTEMBbI Ha3bIBAIOT
JBYXKOMIIOHEHTHBIMMU.

BakrepuaibHble I'MCTHIUHOBbBIE PeleNTOPHbIE KUHA3BI SBJIA-
IOTCS MHTETPAJbHBIMA MOHOMEDPHBIMU OEJIKaMM, KOTOPbIE JIOKAJIU-
3yioTcAd Ha ILiasMajieMMe. MojeKyJsa pellenTopa IBa pasa Iepece-
KaeT memOpany N-KoHIIeBBEIM yuacTKoM. OGe TepMUHAJIbHBIE 00.J1a-
CTU PaCHOJIOMKEHBI C IIMTOIJIa3MaTUUeCKO CTOPOHLI. BHemmHu yua-
CTOK I'MCTHAMHOBOM KWHA3bI, PACIOJOMKEHHBIN MEXAY ABYMS TPaHC-
MeMOpaHHBIME JOoMeHaMu, (opMupyer peuentopusii (input) mxo-
meH, uau CHASE-gomen (Cyclases/Histidine kinases Associated
Sensory Extracellular). KapbokcuTepMuHadbHasa 4acTh MOJIEKYJIBI
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perienTopa opmupyet transmitter qomeH, KOTOPBIN COIEPIKUT Ka-
TAJTUTAYECKU KMHASHBIN I[EHTP M KOHCEPBATUBHBIA OCTATOK T'H-
CTUAVHA, KOTOPBIHA (hochopuImpyeTca IPU TPAHCMOJIEKYJISIPHOM aB-
TOo(OoCHOPUINPOBAHUA.

Peryasitopbsl oTBeTa COCTOAT M3 MBYX OCHOBHBIX (DYHKIIMOHAJb-
HBIX CTPYKTYP. AMUHOTEpMHUHAJNbHASA O0JIACTH MOJIEKYJBI (hOPMIU-
PyerT receiver qoMeH, COmepIKaIUii KOHCePBATUBHBINA OCTATOK acia-
PaAruHOBOI KMCJOTHI. B KapOOKCUTEePMUHAJIBHON YaCTU PEeryaaTopa

A N His C Asp
_/"> : transmitter | [receiver]—l output)
. rMCTUANHOBAsA perynaTtop
KUHa3a oTBeTa
Asp
At ® App
B :
o
transmitter
. transmitter
T
ATP @ ADP Alp
B N His Asp C His Asp
Ut transmitter H{EGENED)
‘ rMCTUANHOBaA TMCTUANHOBAA perynatop
KMHa3a docdoTpaHchepasa oTBeTa
LmTTTTTTS A --TTTTTTTTT ;® """"""""" ~
r . His A?p His Asp
e ) @ @
| transmitter Hrecelver] @
/A
ATP  ADP

Puc. 12. [IByXKOMIIOHEHTHbIE CUTHAJbHBIE CHUCTeMBI Ipokapuor (A, B)
u pacrenui (B, I').

A, B — HeaKTHBHOE COCTOAHUE;

B, I' — akruBHOe cocToagHue (aBTodochopunaupoBanue u dochopeaeiHbIN
MeXaHUu3M).

Jumepusanusa pelenTopoB B PACTUTENIHHOI cucTeMe He MOKa3aHa
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OTBETAa PACIIOJIO}KEH PeryJAaTopHsbIi (output) mromen, uepes KOTOPHIH
OCYIIIECTBJISAETCSA MOIYJIAINA aKTUBHOCTU MUIIIEHEH.

PagnnuaioT perysiAaTophl OTBETA NBYX THUIOB:

1) RR-A — peryaaropsl orBeTa A-THUIIa MOLYJIUPYIOT aKTHUB-
HOCTb (hYHKIIMOHAJIBHBIX OEJKOB.

2) RR-B — peryaaropsl orBera B-THNA ABIAIOTCA TPAHCKPHUII-
MUOHHBIMHU (PaKTOpaMu. ¥ PeryasaTopoB oTBeTa B-Tuma B oT-
anure oT RR-A B peryaAToOpHOM JOMEHEe HMeeTCs IOIIOJI-
aurenbHas obaactb (GARP-momen — Glutamic Acid-Rich
Protein), HeoOXOaMMBIN IS caNT-CIEU(PUUHOTO CBA3LIBA-
HUS C IPOMOTOPaMMU TEHOB.

MexaHu3M aKTHBAIlUM M Mepemauyu curHajga. CBA3bIBaHUE JIU-
ragga His-KuHAa30# IIOBBIIIAET CPOLCTBO PEIeITOPOB APYT K APYTY,
KOTOpBIE TIPOABJISAIOT BHIPAKEHHYIO TEHIESHIINIO K 00pa30OBAHUIO TOMO-
IUMEPHBIX CTPYKTyp. COMMKeHre TMCTUANHOBbIE KMHA3 CTUMYJINPYET
B3auMHOe (pochopuarpoBaHre OCTATKOB I'UcTUANHA B transmitter mo-
MeHax. 3areM (ochaTHass TpPyHHa IIEePEeHOCUTCSI C OCTAaTKa T'HCTH-
IWHA peIlernTopa Ha KOHCEePBATUBHBIN OCTATOK aclaparvHOBOIN KHUC-
JIOTHI receiver nomMeHa pPeryasaTopoB orBera. CiiemoBaTesibHO, TUCTU-
IWHOBBIE PEIeNITOPHBbIE KMHA3BI IPOSABIAIOT HE TOJHLKO CBOMCTBA T'U-
CTUANHOBOII KMHA3bI, HO U (hochoTpaHchepassl. Peryaaropsl oTBeTa
B (pochopuIMpOBaHHOM COCTOSHUU IIPHOOPETAIOT CIIOCOOHOCTH MOLY-
JUPOBAThL aKTUBHOCTH cBouX MulrieHeii. Takum obOpasom, Iepemada
CUTHAJIa B IBYXKOMIIOHEHTHBIX CUTHAJHLHBIX CUCTEMAaX IPEICTABJIAET
coboii (pocopesieitHplii MexaHu3M (mIepeHoc (PochOPHON TPYIIIIHI),
KOTODBIII MHUIIMUPYETCS B pedyJsbTraTe aBTOGOCHOPUINPOBAHUSA pe-
IeTITOpa IIOCJIe PEIeNIiiy dKCTPAKJIETOUYHOTO CUTHAJA.

D,ByXKOMI'IOHeHTHbIe MHoOrowlaroBblie CMrHaJibHble CUCTEMbI pacreuuﬁ

YV pacrenwnii, kKak m y O0axTepuii, PYHKIMOHUPYIOT AHAJOTHWY-
Hble CUTHAJbHBIE CHCTEMBI C YUYAaCTHUEM TMCTHIMHOBBIX DEIeNTOp-
HBIX KWHA3 U PEryJIATOPOB OTBeTa. ITU CUCTEMBI y 00eWX TPYIII
OpPraHm3MOB MMEIOT OOIIMI IPUHIIUI aKTHUBAIIMKU U IIepeJayud CUr-
HaJla, IMOATOMY PACTUTEJbHYIO CHUCTEMY TPAJUIIMOHHO HA3BIBAIOT
IBYXKOMIIOHEHTHOH. OJHAKO y pacTeHUHA NBYXKOMIIOHEHTHBIE CH-
CTE€MBbI BKJIIOYAIOT MOIOJHUTEJIbHBIN OEJIKOBBIA MOAYJb — THUCTHU-
IuHOBYIO (hocorpancdepasy. [losToMmy TaKkue pacTuUTeJIbHBIE CHUC-
TeMbl HA3bIBAIOT TAK)Ke ABYXKOMIIOHEHTHBIMU MHOTOUIATOBBIMU
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CUTHAJBHBIMU cUcTeMaMu. [IpummepoM MmomoOHOM cuCTeMBI y pac-
TeHUN CHAYKUT IMIUTOKWHUHOBAA CUTHAJNbLHAS CUCTEeMA.

Takum 06pasoM, IBYXKOMIOHEHTHBIE MHOTOIIIATOBBIMU PETYJIs-
TOpPHBIE cucTeMbl pacTenmuit (puc. 12-B, T') mpeacraBieHbl TpeMs
KOMITOHEHTaMM:

1) rucTUAUHOBBIE TMOPUIHBbIE KUHA3LI;

2) ructuguHOBBIE (GochoTpaHchepassl;

3) peryiasaTophl OTBeTA.

T'u6pumHbIe THCTUANHOBBIE KMHA3BI PACTEHUH OJU3KYU IO CTPYK-
Type O0aKTepHaJbHBIM, HO MMeEIT 0oJiee cioKHOe cTpoeHme. OHHI
TaKJKe JIOKAJU3YIOTCA Ha IJIadMaTUUYecKOoil MeMmMOpaHe, MMEIOT IBa
TpaHCMEeMOpPAHHBLIX JTOMEHA, BHEIIIHUU PEeIelNTOPHBIA JOMEeH U IH-
ToILIadMaTuueckuii transmitter qomeH, KoTophIil 00JIafaeT CBOMI-
CTBAMU THUCTUAWHOBOM KWHA3bl U COAEPIKUT KOHCEPBATUBHBIN OCTAa-
TOK ructuguaa. OgHaKO B KapOOKCUTEPMUHAJBHON 00JIaCTH MOJIe-
KYJIBI PelenTopa HaXOAUTCsS MOIOJHUTENbHBIN receiver m1oMeH, To-
MOJIOTUYHBIN receiver moMeHy peryiasTopa orBera. OH TakK’Ke co-
JIEeP/KUT KOHCEPBATUBHBIN OCTATOK aclaparvHOBOI KUCJIOTHI, HA KO-
TOPBIN HepeHocurcsa QochaTHas TpyIa.

T'ucrununossie dochorpancdepassl UMEIOT HU3KYIO MOJIEKY-
JSPHYIO MacCcy ¥ COZEePyKaT KOHCEPBATUBHBIA OCTATOK THUCTUIWHA,
KOTOPBIIA MCHOJIb3yeTCA s IepeHoca (pochaTHoi rpynnsl. B 1Byx-
KOMIIOHEHTHOW CUTHAJBbHOMW CHUCTEeMe THCTUAMHOBYIO (ocdoTpaHc-
depasdy uacto HaswiBaloT HPt momenom, a GyHKIIMOHATBHO aKTUB-
HBIHI OCTATOK THMCTUAWHA — BTOPUYHBIM TMCTHIAMHOM. BTOPUYHBIN
TUCTUIWH TpuHUMaeT GochaTHYO I'PYHITy OT OCTAaTKAa aclaparuHo-
BOM KHCJIOTBHI receiver moMeHa T'MOPUAHON TMCTUAUHOBOM KHHA3BI
U TIEPEHOCHUT ero Ha OCTATOK acIaparmHOBOII KMCJIOTHI receiver mo-
MeHa peryiaaropa orsera (puc. 12-T).

Peryadaropsl oTrBeTa pacTeHUIl CXOAHBI ¢ 0aKTepMAJIbHBIMU.
WX MOJIEKYJIBI COCTOAT U3 aMUHOTEPMHUHAJIBLHOTO receiver moMeHa,
COZlepsKaIlero KOHCEPBATUBHBIN OCTATOK aclapraTra, m KapOoKcu-
TEPMUHAJHHOTO PEryJsITOPHOTO JoMeHa. B MexaHM3Max peryJis-
MW YyYaCTBYIOT JBa THUIA PETyJIATOPOB OTBETA: MOAYJISATOPHI aK-
TuBHOCTU 0esKOB (RR-A) u Tpanckpunmuonubie paxkTopsl (RR-B).

Mexaausm (GyHKIMOHMPOBAHUA. Peleniiusa BHEIIHEro CHUT-
HaJla TUCTUAMHOBON TMOPHUAHON KMHA30M CIIOCOOCTBYET AUMEPH-
3al[UU PEIeNTOPHBIX MOJEKYyJ. B cocTraBe rOMOAMMEPHON T'PYIIIHI
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pelenTopHbIe KMHA3bI (hOCHOPUIUPYIOT APYT APYTra IO OCTATKY T'H-
cruguHa. Ilocje 9TOro MHUIUMUPYETCS TPEXTAKTHBIN (ocdopeeii-
HBIM MexaHu3M. [IepBBIii 9Tall OCYIIECTBISETCA BHYTPU MOJIEKYJIBI
perieniTopa: ocdaTHaA TPyNIIa MEPEHOCUTCA OT OCTATKA TMCTUAUHA
transmitter JomeHna Ha ocTaToOK acmapraTa receiver momeHa. 3aTeM
(dochaTHyO TPyINy OPpUHUMAaET TUCTUANHOBaA (pochoTpaHchepasa
(dbochar mpucoeguHAETCA K OCTATKY BTOPUUYHOTO TMCTUAWHA) U TIe-
PEHOCUT ee Ha OCTATOK aclaprara peryJjasaTopa orBera. Pocdopu-
JUPOBAHHBIE PETYyJIATOPHI OTBETA CBA3SLIBAIOTCA CO CBOMMU MUIIIE-
HAMU U MOAYJUPYIOT UX aKTUBHOCTD.

IIpuyuHBI YCIAOKHEHUA dYKAPUOTHUYECKUX ABYXKOMIIOHEHT-
HBIX CHCTeM. YCJOKHEHUe NBYXKOMIOHEHTHBIX CHCTEM y pacTe-
HUI CBA3AHO C YCJIOMKHEHUEM CTPOEHUSA dYKAPUOTUYECKON KJETKH,
IO CPaBHEHWIO C IIPOKAPUOTHUUYECKOIi. ¥ OaKTepuil Iepemada CUT-
Hajsia myTeM (GochopesIeiHOr0 MeXaHu3Ma OCYIIeCTBJISIeTCsa Oecipe-
MATCTBEHHO, TaK KaK BCe KOMIIOHEHTHI CUTHAJIbHON CHUCTEMBI JIO-
KaJusyoTcA B OAHOM KOMIApTMeHTe — IIUTOoILIasdMe. Bee perysis-
TOPBI OTBETA MOTYT KOHTAKTHPOBATH OMHOBPEMEHHO C I[MTOIIJIA3-
MATHUUYECKUM JOMEHOM PeIlelTopa M CO CBOMMM MUIIIEHAMM, B TOM
yucye ¢ JHK. ¥V pacrenuii, kak m y Bcex sykapuor, IHK orme-
JeHa OT IMTOILJIa3dMbl SAepHOUM MeMOpaHoii. PeryaaTropsl oTBera
B-Ttuna JIoKaJM3yIOTCA TPEeUMYINEeCTBEeHHO B SApe W He MOTYT He-
IIOCPEJCTBEHHO B3aMMOJIEHICTBOBATD C PEIEeNTOPHBIMU TUCTULUHO-
BBIMM KHMHa3aMWU. OTUM OIIpeJesiseTcd HeoOXOAMMOCTb YYaCTHUsd
B ¢ochopeseiiHOM MexaHI3Me MOOUIHLHOTO KOMIIOHEHTa, 00Ja1ao-
miero gochorpanchepasHoil aKTUBHOCTHI0. PYHKIIUIO TaAKOTO KOM-
MMOHEHTa BBITIOJHSAET TUcTUAMHOBaA (Gochorpanchepasa (HPt mo-
meH). OHa mpuHUMaeT Ha cedsa GocdaTHYIO TPYIIY OT PeIenTop-
HOM KMHAa3bI, 3aTeM TPAHCJIOIUPYeTcAa B AAPO U IepenaeT gocdar
Ha peryJaaTop orBeTa. Takum 00pasoM, KOMIIAPTMEHTAIIUSA SyKa-
PUOTUYECKON KJIETKU SBJAETCS MPUUYMHOMN YCIOKHEHUS NBYXKOM-
MMOHEHTHBIX PETryJIATOPHBIX CHUCTEM PaCTEeHUM.

JTuneHoBble peuenTopbl

Crpykrypa. Perentopsl sTuaeHa 001aal0T CYIIIECTBEHHBIM CXO/I-
CTBOM C T'MCTHUIMHOBBIMHU PEIENTOPHBIMU KUHA3aMU, (PYHKIIMOHU-
PYIOIIUMY B IBYXKOMIIOHEHTHBIX CUTHAJBHBIX CHCTEMAaX PaCTeHUi
1 GaKTepuil. OTHUJIEHOBbIE PEIEIITOPLI PACTEHUI ABJSIOTCA HHTE-
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TpaJIbHBIMU OeJTKaMu, JJOKAJN30BaHHLIMU B IIasMasieMme (puc. 13).
B N-TepMuHaJIbHONM 00JIaCTHM OHU MMEIOT TPU TruApPoGOOHBIX TPaHC-
MeMOpPaHHBIX JOMEHa, KOTOPBIMHU IIepeceKaroT mMeMOpaHy. AMHUHO-
KOHIIEBO YUAaCTOK MOJIEKYJbI PACIIOJNOKEH CHAPYKU KJIETKU, a Kap-
OOKCUTEPMUHANBHBIN — B IIUTOILIa3Me. OKCTPAKJIETOUHbIEe YUACTKH
PelenTOPHON MOJEeKYAbl (DOPMUPYIOT STUIECH-CBA3BIBAIOIIUNA JOMEH
U YYacTBYIOT B AUMEPU3AIIUU MOJIEKYJ. B oTimume oT IBYXKOMIIO-
HEHTHBIX PEIEeNTOPOB, STUJIEHOBBIE PEIENITOPHI BCETAA CYIIEeCTBYIOT
B BHUJle TOMOJUMEPOB, B KOTOPHIX MOHOMEPHI KOBAJIEHTHO CBA3aHBI
apyr ¢ apyrom. CBA3b obeclieumBaeTCsA ABYMS IIUCTEMHOBBIMU MO-
CTUKaMU, O0Pa30BAHHBIMHU MEKJY OCTATKAMU ITMCTEWHOB, 3aHUMA-
OIUX TOJOKeHuA 4 m 6 B MOMUIENTUIHBIX IENAX PeIenTOPOB
(cys-4—cys-4', cys-6—cys-6').

Bce oOHapy:KeHHBIE STUJIEHOBLIE PEIEeIITOPhI PACTEHUII KOMU-
pyIOTCA OOHUM ceMelcTBOM reHoB. OOHAKO II0 CTPYKType I[HUTO-
IJIa3MaTUYeCKON 006JIaCTH MOJIEKYJIbl UX MOMKHO Pasies;iuTh Ha JIBe
rpymnmnbl. PermenTopbl MepBOW I'PYNNbI UMEIOT 3HAUUTEIBHOE CXOI-
CTBO € TUOPUAHBIMU THCTUINHOBBIMY KMHA3aMU PACTEHMI, a pellel-
TOPBI BTOPON — C ABYXKOMIIOHEHTHBLIMI PeIleNTopaMu OaKTepuii.

B muTomnmasMaTHYeCKOM YaCTH STUJIEHOBBIX PEIEITOPOB 00emX
TPYII HAXOAUTCA TUCTUAMHKWHABHBIA KATAJIUTUUYECKUN JOMEH
M KOHCEPBATHUBHBIIA OCTATOK THCTHUIANHA, KOTOPBIA (ochopuiim-
pyeTca mpu aBTO(OCHOPUINPOBAHUU. ITOT YUACTOK MOJIEKYJIBI
romoJioruueH transmitter-goMeHy IBYXKOMIIOHEHTHBIX PEIIEIITOPOB.

ERS ETR1
N |s-s{N N |s-s{N MeXKJIeToYHoe
~ Fs—sd _ bLs—sd NpoCTPaHCTBO
nnasmanemma
- - - -
- - . . uMTonnasma
S o o o
2 2 2 2 |
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= L
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Puc. 13. OtuieHOBBIE PELIETITOPHI
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Ho TonbKO pelenTophbl MepBOU IPYHIbI B KAPOOKCUTEPMUHATIHLHOM
paiioHe UMeEIOT JOMEHBI, TOMOJOTHUYHBIE receiver-moMeHamM TUOPU-
HBIX TUCTHUIWHOBBIX KMHA3 U PEryJsTOPOB OTBETA. ITU YUACTKU CO-
IepiKaT KOHCEePBATHUBHBIE OCTATKHU ACIaPArMHOBON KUCJIOTHI.

IIpumepoMm perenTopa, G6JM3KOTO MO CTPYKType TUOPUIHBIM
TUCTUAMHOBLIM KHMHA3aM pacTeHuii, sBiasdercsa pementop ETRI1
(ethylene triple response 1) apabugomncuca. K permenropam BTO-
poit rpynmer otHOocuTca ERS (ethylene response sensor). Hecmo-
Tpsi Ha cTPyKTypHBIe pasaunuusd, ETR1 u ERS o6razaror 67% ro-
MOJIOTHE aMUHOKWCJIOTHON IIOCJEeJOBATEIbHOCTA U BBIMOJHSIIOT
UIeHTUYHbIe QYHKIIUN.

MexaHu3M mepegauyd CUTHAJa. ITUJIEHOBBIE PEIENTOPHI B CO-
cTaBe TOMOJMMEpPA B OTCYTCTBUH JHUTaHIa (9TUI€HA) HAXOMSITCS
B KOHCTUTYTHBHO AKTUBHOM COCTOSHHUH, IIPU KOTOPOM KOHCEPBa-
TUBHBIIA OCTATOK rucTuiuHa transmitter-momena HeceT ocdhaTHyIO
rpyamy. B oTiumume OT rMCTUAMHOBBIX PEIENITOPHBIX KUHA3 IBYX-
KOMIIOHEHTHBIX PEeryJIsITOPHBIX CHCTEM STUJIEHOBBIE PEIleITOPBI
He yJyacTBYIOT B (pocopesieliHOM MexaHuU3Me. AKTHUBHBIE 3ITHUJIE-
HOBBIE€ PEIENTOPBLI IOAIePIKUBAIOT B aKTUBHOM COCTOSHUU OAYH-
CTPUM CUTHAJBLHBIA KOMIIOHEHT — CEepPHUH/TPEOHUHOBYIO KHUHAZY
CTR1 (constitutive triple response 1). BsaumozeiicTBre oCyIIecT-
BJIAETCA MEXKIY KHUHA3HBIM [TOMEHOM PeIenTopa M aMUHOTEPMU-
HaJgbHOU ob6JsacThbio KuHa3bkl. KuHasza CTR1 aABisgeTcAa HeraTMBHBIM
PeryJasTopoM STHJIEHOBOTO CUTHAJIA, M B OTCYTCTBHE I'OPMOHA OHA
AKTUBHO UHTUOMpYeETCH.

Penenmnus sTuseHa CTUMYyJIUPYyeT M3MeHeHMHE KOH(MOPMAI[UU
pelieniTopa M ero MHAKTUBAIIMIO. OTO HPUBOAUT K IIOCJIENYIOINeil
nHakTuBanuu KuHasbl CTR1 u gepempeccuu cucTeMbI 3THUJIEHO-
BOTO CHUTHAJIA.

Takum 00pasoM, STUIEHOBBIE PEIENTOPHI MPUHITUIIUAIBLHO OT-
JIMYAIOTCS OT BCEX APYTUX PEIEeNTOPHBIX KMHA3 MEeXaHU3MOM pe-
mennuu u nepegaun curHaga. OCHOBHBIMU OTJIMYUTEIbHBIMU Xa-
PAKTEPUCTUKAMU STHJIEHOBBIX PEIIEIITOPOB SIBJISIOTCS:

1) mocrosHHOEe TpebbIBaHWE B TOMOJAUMEDPHOM COCTOSAHUU;

2) KOHCTUTYTHMBHAsS aKTUBHOCTh B OTCYTCTBUU JIUTAHIA;

3) UMHaAKTUBAIIMY B Pe3yJIbTAaTe PEIeNIiniu;

4) mepemaua CUTHAJIA OCYII[ECTBJIAETCS 34 CUET M3MEHEHUA KOH-

dopmaiuu;
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5) KuHa3Has aKTUBHOCTh B OTHOIIEHUHN MaYHCTPUM CUTHAJID-
HBIX TIAPTHEPOB HE IIPOSBJISIETCS;
6) dochopeseliHBIN MeXaHU3M He MHUIUUPYETCS.

2.2.3. G-6enokK conps»xeHHble peuentopbl (GPCR)
G-6en0K conpsXeHHble peLenTopbl }KNBOTHbIX

YV KUBOTHBIX B IJIa3MaTHUUYECKOH MeMOpaHe KJETOK B 3HAUU-
TeJFHOM KOJHMYECTBE M Pa3HOOOpPa3WU IPUCYTCTBYIOT PEIENTOPHI,
uMeronre 7 TpaHCMeMOPaHHBIX JOMEHOB. OTU PEIeNTOPhl PYHKIIHU-
OHAJILHO CBA3aHBI C TeTepPOoTPUMEPHBIMU G-0eJIKaMU U COCTABJIAIOT
C HUMU YCTOMYUBYIO CUTHAJIBHYIO apy. CTpyKTypHbIe U (PYHKIIUO-
HaJIbHbIe 0COOEHHOCTY JAHHOTO CEMEMCTBA PEIeNITOPOB OIPENeIAI0T
ux HaspaHudA: 7TM (cemurpancmembOpanubie) wiau GPCR (G-Protein
Coupled Receptor) — G-6eJloK compsi’KeHHBIe pellelnTopbl. PaHee
UX Ha3BIBAJUW TaK:Ke CEPIeHTUHOBBIMU UJIU 3MEeNOoJO0OHBIMHU pe-
IEeIITOPpaM¥, OMHAKO B COBPEMEHHOI JINTepaType 5TU TEePMUHBI II0-
CTENeHHO BBIXOAAT M3 yIOTPeOJIeHUs.

GPCR — 9T0 6OJIBIIOI KJacC MOHOMEDPHBIX PEIeNTOPOB, KOTO-
pble BBIMOJHAIOT caMble pPa3HOOOpasHbIe CUTHAJbHBIE DYHKIUU
y *KUBOTHBIX. K JaHHOMY THUIy OTHOCATCA BKYCOBBIE, O0OOHATEJb-
HBIE, aHJpeHepTUUecKre, MyCKapUHOBbBIE alleTUIXO0JNHOBBIE U JPY-
rue perenTopbl. Bce OHU MMEIOT OOIIUIT IPUHIIUI CTPOEHUA U (PYHK-
IIMOHUPOBAHUSA, & PA3IUYAIOTCS JUTAH]-CIeNU(UIHOCTHIO, TO €CTh
CIIOCOOHOCTHIO BOCIPUHUMATEH Pa3HbI€ BHEIITHUE CUTHAJBI.

IMonunentuguasn menb GPC-perenTopoB ceMb pas MPOHU3LIBAIOT
meMmOpany (puc. 14). N-TepMUHAJIBLHBIN YYaCTOK IOJUIEITUIA Pac-
mojaraeTcs Ha SKCTPAKJETOUYHOII CTOPOHE IIIa3MaTUYeCKON MeM-
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Puc. 14. G-6enok compAKeHHBIE (CEMUTPaHCMeMOpPaHHbIE) PEIEIITOPHI
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Opansl, a C-KoHIleBasa 00JIaCTh — Ha IIUTOILIasMaTuueckoii. Hexkoro-
pble AMUHOKKCJIOTHBIE OCTATKY BHEIITHEKJIETOUHBIX 00JIacTell MoJIu-
nentuguoi 1menu (N-KOHIIEBOM M MeXXTpaHCcMeMOpaHHbIE YUACTKI)
PelenToOPHON MOJEKYJIbl INIMKO3UJINPOBaHbI. OJiurocaxapuaHble
TPYIIIIBI UTPAIOT CYII[ECTBEHHYIO POJIb B (hOPMUPOBAHUY JIUTAH/I-CBSI-
3BIBAIOINETO y4yacTKa perentopa. [[urommasmaruueckas C-repmu-
HambHAasA obgacte GPCR gopmupyer yuacTok cBasbiBanus G-6enka,
yepes KOTOPBI omocpenyeTcd mepemaua curuaaa Ha G-oemok. I'ere-
POTpPUMEpPHBIN MeMOpaHOCBA3aHHLIN G-0€J0K ABJIsSETCA 00s3aTelb-
HBIM KOMIIOHEHTOM CHUT'HAJbHBIX MEXaHU3MOB, KOTOPbIE CTUMYJIH-
pyiorca uepe3d (G-0eJIOK COIPSAKEHHBIE PEIleNTOPkI.

CymrectByer MHOKecTBO TunoB GPC-perenTopos, crmenmuduy-
HBIX K JIMTaHZaM PasJIUYHON XUMHYECKOW mpupoabl. OHU CBA3BI-
BAIOT MENTUIHBIE U TJINKOIPOTENHOBbIE TOPMOHBI, AMUHbBI, HYKJIEO-
TUIBI, SKO3aHOUILI, AMUHOKWCJIOTHI, MOHBI KaJbIlusa U T. 1. Kpome
TOT0, €CTh PEIeNTOPbI, AKTUBAIIUA KOTOPBIX OCYIIECTBJISIETCS IIPO-
TeasaMu, OTPE3AMINUMU dKCTPAKJIETOUHBIN YyUYAaCTOK PeIlelTOPHOI
MoJieKyJibl. TpaHCAYKIUA curHajga oT perentopa Ha G-0eJ0K ocy-
IIECTBJISETCA IPU PeIelIluu, B Pe3yJbTaTe KOTOPON M3MEeHSEeTCs
KoH(pOpMAaIlsd PEeIelTOPHON MOJeKyJabl. AKTuBUPOBaHHbI G-0e-
JIOK AVCCOLIMUPYET Ha O-CYO'beAMHUIy U [y-AuMeDp, KOTOPbie B3au-
MOJENCTBYIOT C MOCJENYIONIMMU CUTHAJIbHBIMU OeJKaMu (CM. pas-
nen «Iereporpumepubie G-0eaKm»).

G-6enkn GPCR-Tuna (GTG)

CekxBeHupoBaHue reHoma Arabidopsis T03BOJIMIIO TOCTYINPOBATD
cymiecrBoBaHre GPCR y pacrenuii. OgHako IpuMeHeHUe JKeCTKUX
KpUTEeprUeB UAeHTU(GUKAINYA He IO03BOJIUJIO MOATBEPAUTH HAJUYUI
ceMU TPaHCMeMOPAHHBIX JOMEHOB Yy IPOAYKTOB MeHOB, KOIUPYIOIIUX
runoretrnueckrne GPCR, a Tak:Ke mX MeMOPAHHYIO JIOKAaJM3AI[HUIO
U CIIOCOOHOCTH B3aMMO[I€HICTBOBATH C O-CYO'BeIUHUIIEH TeTepOTPU-
mepHOro G-6enka. Takum o0pasom, ele He U3BECTHO, CYIIECTBYIOT
au y pacrenuii Tunuuabie GPCR xuBoTHOrO THna. He mcKIOUEHO,
YTO y pacTeHUIl MMoJ00HbIe MeMOPaHHbIE PEIeNITOPLI UMEIOT 0CO0YIO
«PaCTUTEJbHYIO» CTPYKTYPY ¥ cIoco0 (QyHKIMOHWpPOBaHuUA. IIpu-
MepPOM TaKUX 0COOBIX pelenTopoB aBasoTcA 6enxku GTG, KoTopbie
SABJAIOTCA IPEAIOJIOKUTENbHBIMU periennTtopamMu ABK.
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V¥V pacreuwnii Arabidopsis ObL1u o0Hapy:kensl aBa Oenka (GTG1
u GTG2), obsamamIux CYIIeCTBEHHON TOMOJOTHEH C OTHUM
n3 GPCR uesoBeKa M MMEIOIUX PEIeNTOP-I0J00HYI0 TOIOJIOTHIO.
B orauune or GPCR, B cTpyKkType 60enkoB GTG mpucyTcTBYIOT:

1) neBATh TpaHCMEeMOPAaHHBIX TOMEHOB;

2) AT®/T'TP-cBA3BIBAIONINNA JOMEH;

3) IoMeH, OTBETCTBEeHHBIN 3a ycuieHue I'T®asHoii aKTUBHOCTH.

Ounmenasie GTG1 u GTG2 ceassiBaior 'T® u nmpoaABIAIOT
I'Td®azuyo akTUBHOCTh. II0CKONIBKY oTU OeaKu rugpoausyir ['Td
u obaamaior cxoxctBoM ¢ GPCR, ux HasBaau G-oeaxamu GPCR-
tuna (GPCR-Type G Protein — GTG).

ITomuMo cTpyKTYpHBIX ocobemHocTeir, GTG obyiazamT CBOIi-
CTBaMM, KOTODBIE CYII[ECTBEHO OTJIUYAIOT UX OT U3BECTHBIX G-0e-
JIOK-COIPSIKEHHBIX PEIeNTOPOB KMBOTHBIX.

Hanuuwme I'0P nau 'TP® B ryaHMHHYKJIEOTHUI-CBA3BIBAIOIIEM
nomene (I'I®P- u 'TP-ca3anHaaA KoHGOPMAIIUA) OIIPEEIAET CPOI-
ctBo GTG ® ABK. I'll®-cBaszaunasa popma GTG cBaswiBaeTr ABK
u nHuIuupyetr nepenauy curuana ABK, a I'T®-ceasanuaa dopma
GTG TepseT cpoICTBO K TOPMOHY.

CuuTaercsi, YTO IIePexXol, MeXKIy ABYMsS OCHOBHBIMH KOHQOP-
ManuAMU O0eclieYMBaeT MEeXaHW3M PeryJaAliyd PaCIpPOCTPAHEHUS
curiana ABK. Cirenyer ormeTuTtb, uTo nukja aktuBanuu GTG ort-
JIYaeTcsA OT IIUKJIOB aKTHUBAIIUM I'eTePOTPUMEPHBIX U MOHOMEP-
HbIX G-0enxoB. Bece msBecTHbIe G-0€JIKM AKTUBUPYIOT CUTHAJIBHYIO
cucremy B I'T'®-cBsas3anHoii (hopme, Torma kak GTG B sToit hopme
mpeObIBaeT B HEAKTHUBHOM COCTOSHUMU.

2.2.4. Peuentopbl-KaHanogpopmepbl

VsMmeHeHVe HalpaBJIeHUA U MHTEHCUBHOCTHU TPAHCIIOPTA MOHOB
CIIOCOOCTBYET OCHUJIIAIUAM UX BHYTPUKJIETOUHOM KOHIIEHTDAIIWH.
ITOT (peHOMEH MCIIOJIB3yeTCA B MeXaHU3MaX TPAHCAYKIIMY CUTHAJA.
WoHHbBIE KaHAJBI MOTYT OBITh KaK IPOMEKYTOUHBIMU KOMIIOHEH-
TaMU CUTHAJBHOI ITeNH, TaK U PelelTopaMi, BOCIIPUHUMAIOIITUMU
SKCTPAKJIETOUHBbIE CUTHAJBI. PelenTopsl, KOTOPhle OJHOBPEMEHHO
SABJAIOTCA MOHHBIMU KaHAJaMU, Ha3bIBAIOT PelenToOpaMU-KaHAJIO-
dopmMepaMu MOHOTPOIIHBIMHU PEIEIITOPAMU.
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IIpumepoM perenTopa 3TOr0 KJjacca SIBJIAETCS alleTHUJIXOJUHO-
BBII PeIelITOpP HUKOTHMHOBOTO THUIIA YV *KMBOTHBIX (HasBaHUe 00y-
CJIOBJIEHO CPOJICTBOM pPeIlenTopa K HUKOTUHY). B oTiinmume oT MycKa-
PHMHOBOTO alleTHUJIXOJMHOBOTO pelienTopa, oTHocArlerocsa K GPCR,
HUKOTHUHOBBIN perentop GopMupyeT HecmelupUUuecCKU MOHHBIN
KaHaJI, KOTOPLIi mpoBoauT moHbl Na™ m K*.

AneTuIX0JINHOBbIE HUKOTUHOBBIE PEIENTOPhI COCTOSAT U3 Pas-
JIMYHBIX KOMOWHAIIUH MATH TUNOB cyowenuuur (o, B, v, O, €), Ipu-
yeM B CTPYKTYPY JIIOOOr0 aleTUJIXOJUHOBOTO PEIleIITOPa BXOIAT
IBe O-CyO'BbeIMHUIIbI, HA KOTOPBIX HAXOMATCS YUACTKU CBSISLIBAHUS
anerunxosuHa (puc. 15). IlomunenTuaHable 1enu BceX CyObeTUHUIL
YyeThIpe pasa IPOHMU3LIBAIOT ImasMaieMmy. N- u C-KOHIeBBIE [IO-
MEHBI HAXOIATCH CHAPYIKHU KJETKU U TINKO3UIUPOBaHBI. IluTo-
mjaasMaThuuYecKue 00JIACTU PEIeIlTOPHON MOJIeKYJbl B3aMMOMEi-
CTBYIOT C KOMIIOHEHTAMHU I[UTOCKEJieTa — TYyOYJIMHOBBLIMU U AKTH-
HOBBIMU OeJIKaMmu.

AneTunX0JIMHOBEIE PeIenTOPbI-KaHaJao(popMepsl, pacioJara-
IOTCSI HA MOCTCUHANTUYECKUX YUACTKAX MeMOpaH BO30OYAUMBIX KJIe-
TOK (HEPBHBIX, MBIIIIEYHBIX, CEKPETOPHBIX) U YYACTBYIOT B IIpeodpa-
30BaHMU curHajga. MoJIeKyJabl HeHPOTPAHCMUTTEPA AIleTUIXOJUHA
BBICBOOOIKIAIOTCS Uepe3 IIPeCHUHANTUYEeCKre MeMOpaHbl HEePBHBIX
OKOHUAHUN IyTeM dK30IIMTO03a, AU(GOYHAUPYIOT Yepes CUHAITUYE-
CKYIO II[eJIb U CBSIBLIBAIOTCS C JBYMS O-CYO'BEIUHHUIIAMH AIlETHUXO-
JIMHOBBIX PEIlelITOPOB.

CBsa3bIBaHNEe HEHPOTPAHCMUTTEPA C XOJMHEPTUUECKUM pelemn-
TOPOM BBIBBIBAET KOH(POPMAIIMOHHBIE M3MEHEHUS B OJIUTOMEPHOM
KOMILIEKCe, KOTOPbIe IIPUBOAAT K ()OPMUPOBAHUIO MOHHOI'O KaHAJA.
9to mosBoasgeT moHaM Na' BXOAUTHL B KJIETKY, UTO BBI3LIBAET JIO-

3aKpbITbIN aueTUNXONNH CBA3bIBaHVE aLeTUIXONINHA
aALeTUNIXONTMHOBBI o o o 1 OTKpbIBaHVe KaHana

peuenTop o o o .
Na MeXKneTouHoe
NPOCTPAHCTBO
o > o S o nnasmanemma

noseneHue uurornnasma
B 3KCTPaK/IeTOUHOW cpefe Na*
aueTunxonnHa

Puc. 15. AneTunxoanHOBBINA pelenTop-KaHaaopopMmep
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KaJbHYIO MeOoJAPU3aNui0 MeMOpPaHbl M CTUMYJIUPYET CIerudu-
YeCKUU OTBeT. B HeMpPOMBIIIEeUHOII cucTeMe, HalpuMep, IeicTBue
alleTUJIXOJMHA Ha XOJUHEPruYecKHne PerenTophbl BHIBLIBAET COKPa-
IeHre MYCKYJaTypPhI.

V¥V pacreHuii momo0HbBIE peIenTOPhI-KaHaaohopMepbl He 00HAPY-
sKeHbl. PacTuTeIbHble MOHHBIE KAHAJBI, AKTUBHOCTH KOTOPBIX PEry-
JIUpyeTcs JUTaHIAMM, CBA3BIBAIOT BTOPUUYHBIE MeccCeHKepbl. Ha-
mpumep, cemeiictBo CNGC (cyclic nucleotide-gated channels) nou-
Hble KaHaJbl, OTKPbIBAa€MbIe IMUKJINUECKUMU HyKJeoTumamu cAMP
u cGMP (cm. pasmen «cAMP-perynupyemblie 6eJIKM pPAaCTEHUH » ),
U perenTopsl (GochopuInpPOBAHHBIX (DOPM MHO3UTOJA (CM. pasmet
«HIyIupoOBaHHOE MOCTYILJIEHNE KAJBIUS B I[UTOILIA3MY» ).

2.2.5. BHyTpuKneTouHble peLenTopbl

BryTpuKJeTOUHBIE PEIEeNTOPhl PACTEHUI IIpeAcTaBJIEHBI pas-
HOoOOpasHbIMHU rpynmnamMu. OHM MMET PasJINUYHY JOKAJIM3AIUIo,
CTPYKTYPY U QyHKIUU. Cpeam HUX ecThb KJIACCUUYECKUe PeIlenTOpPhI
U PellenTOophl, 00JaJaole ABOHHON (PYHKIIMEH, KOTOPhIe, IIOMIMO
pelenium BHEITHEKJETOUHBIX JIMTAHAOB, BBITIOJHAIOT WHBIE CIIEIl-
udpunveckre GyHKIUU. ad GOJBINMTMHCTBA BHYTPUKJIETOUHBIX pe-
IeIITOPOB PAcTeHUH XapaKTepHa UX «PaCTUTeJbHAdA» cHelrupud-
HOCTh. Kak mpaBumio, BHYTPUKJIETOUHBLIE DPEIeNTOPhI, O0HAPYIKEH-
HbIe V PACTeHUN, HeTUINYHBI IJIA KUBOTHBLIX, 1 HA00OPOT, TUIINUHO
JKUBOTHBIE BHYTPUKJIETOUHBIE PEIENITOPhI HE HAWJEHBI Y PaCTeHU.

flnepHble peLenTopbl }KUBOTHbIX

HawubGosee xapaKTepHOI I'PYIIONA BHYTPUKJIETOUHBIX PEIlEIITOPOB
JKMBOTHBIX ABJIAIOTCS SiepHbIe penentopsl. OHU ABJIAIOTCS TPAHC-
KPUIIIMOHHBIMEU (haKTOpaMMu, KOTOPbIe aKTUBUPYIOTCA JUIMOMUIL-
HBIMU JINTAHAAMU — CTEPOUTHBIMU, PETUHOUIHBIMU U TUPOUIHBIMU
ropMoOHaMu. OTHU PEIEeNTOPhl MOAPA3AEAITCS Ha YeThipe KJacca.

Pertenrropsl Kaacca I npeuMyIiiieCTBEHHO CBS3BIBAIOT JIMTAH B ITH-
TortasMe. MHOTHME PelenTopbl 9TOr0 KJacca IPU OTCYTCTBUU COOT-
BETCTBYIOIIETO JINTaHAA 00PasyioT HeaKTHUBHBIE KOMILIEKCHI C Ia-
mepoHaMu, KOTOPbIe dKPAHUPYIOT AOMEH SAePHOU JIOKAaJIu3al[uu
u yuyacTKu B3ammogerictBua ¢ JHK u/unu npyrumMmum KoakTuBaTOpPaMu
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TPAHCKPUIIINKU. Pasinuuble BUALI CTEPOUAHBIX PEIlelITOPOB CIIeIl-
n(PUUECKN CBA3BIBAIOTCA C IIAllePOHAMU OIpeaeeHHOro tuma. Ha-
IpUMeEpP, Y KUBOTHBIX PEIelTOPLI cTepouaubix ropmMonos GR, MR,
PR u AR B3aummojeiicTByIOT ¢ OesikoM TemioBoro mioka Hsp90. Ilpu
B3aMMO/IEHICTBUY C TOPMOHAJIBLHBIM JIUTAHIOM KOMILJIEKC PeIlerTop—
IIaIIePOH OUCCOIIUUPYET, a PelenTop AuPPyHIupyeT B SAPO, Tae
BBITIOJTHAET POJIb TPAHCKPUMNIIMOHHOTO peryJaTopa (puc. 16).

/quonna3ma C&E’Y
CTePOVIAHbIN
ropmMoH

AApPO

N

Puc. 16. SflnepHble perenTopsl JKUBOTHHIX KJacca L.
YcaoBHBIE 0003HAUECHUA:

R — penenitop; Hsp — 1mranepon (6eI0K TEIJIOBOTO IITOKA);
RP — PHEK-nmomumepasa

Peunenrtopsr kixacca II soxkanusyiorcsa B Aape U B OTCYTCTBUU
JIUTaHIa CBA3AHBI C KOpeIpeccopaMu, IPUHUMAS yJacTHe B WMHTU-
O6upoBaHuUU TpaHCKpunuuu. CBA3LIBAHUE C JUTAHIOM HIPUBOIUT
K 3aMeHe KOPEeIpeccOpOB Ha KOAKTUBATODHI, B Pe3yJbTaTe 4ero WH-
IYIIAPYETCS TPAHCKPUIIUA JUTAHI-aKTUBUPYEMbIX TeHOB (puc. 17).

(qmonnasma \ ( yutonnasma O&EV* )_ O&EVY

CTEepPOVAHbIN
ropmMoH

\

Puc. 17. fAnepuble perenTopsl *KUBOTHBIX KJacca II.
YcaoBHBIE 0003HAUEHUA:

R — pemenrop; act — KoaxkTHBaTOD;
RP — PHEK-nonumepasa; rep — Kopempeccop
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Penenrtopsr kaaccos III u IV HemMHOroumcieHHB 1 MeXaHU3M
uX paboTHI elle HeJOCTATOUHO MOHSTEH.

AKTHUBHOCTh MHOTUX fAZEPHBIX PEIENTOPOB KOHTPOJIUPYETCH
TaKyKe U PA3HBIMU PEeryJsATOPHBIMU 0eJKaMHu. OTU PEeIenTophbl MO-
TYT HaXOAUTHCSA B PA3HBIX COCTOSHUSIX, KOTOPhIE XapaKTePU3yITCH
OTIpEe/IeJIEHHOU CIIOCOOHOCTBHIO PEIeNnTopa CBA3LIBAThH JUTAHI U MHU-
IIUUPOBATh TPAHCKPUIIUIO.

BHyTpUKNeTOUHble peLenTopbl pacTeHUi

B pacTuTenbHBIX KJETKaX He IMPUCYTCTBYIOT ANEPHBIE DeIlell-
TOPBI, XapaKTepPHbIE IJd KUBOTHBIX. ITOT (PAKT AJA MHOTUX WC-
cienoBaTesel ObLT HECKOJIBKO YAMBUTEIbHBIM, TaK KaK PACTUTEb-
Hble peryasatopbl ABK u GpaccuHOCTepOUAbI OJM3KHU IO CTPYKTYPE,
COOTBETCTBEHHO, PETHUHOUIHBIM U CTEPOUIHBLIM TOPMOHAM KUBOT-
HbIX. TemM He MeHee, y pacTeHUIl MeXaHU3M BOCHPUATUS JIUIIO-
GUIBHBIX MOJIEKYJ BHYTPUKJIETOUHBIMYU PEIENTOPAMU COBEPIIIEHHO
WHOIi, UeM y *KHUBOTHBIX.

W3BecTHBIE B HACTOAIEe BPEMsS BHYTPUKJIETOUHBIE PEIEIITOPHI
pacTeHUI MOYKHO PasAejuTh Ha TpU rpynmnbl. He MCKIIOUYEHO, YTO
OyayT OOHApPYsKEHBI PEIeNTOPhI, 00JaJaioNiue CTPYKTYPHO-DYHK-
IIMOHAJIBbHBIMU OCOOEHHOCTAMY MPUHIIUINAJIBHO OTJUUYHBIMU OT U3-
BECTHBIX PelenTopoB. HoMeHKJIaTypa BHYTPUKJIETOUHBIX DPEIEITO-
POB pacTeHUI TOJBKO HaUMHAaET paspabaTbiBaThcsa. Ha TaHHBINA MO-
MEHT IPUHATO HA3LIBATH I'PYINBI II0 ceMeicTBaM GEJIKOB, K KOTO-
PBIM OHU OTHOCATCSH:

1) F-box perenTopsr;

2) TOPMOH-YYBCTBUTEJIbHBIE JINMIA3bI;

3) START-momMeH peIlenTopsl.

F-box peuenTtopbl

F-box pelenTops!l ABISIOTCS YaCThbI0 YOUKBUTHUHUPYIOIIEH IPo-
TEMHOBOM JuUTras3bl (CM. pasfes «¥YOUMKBUTHUH-OIIOCPETOBaHHAS Ie-
rpaganus 0enkoB»). MsBectHo, uTo F-box cy0owmemuuunsr SCF-mo-
IOOHBIX JINTA3 BBITTOJHAIOT (PYHKIINIO CBA3BIBAHUS cyOcTpaTa —
0eIKOB-MUINIeHeH, TpeJHasHAUEHHBIX /s YOUKBUTHHUPOBAHUS
U mocJenyioiiei merpamanuu. Crnemuduueckoe y3HaBaHUE U CBS-
3pIBaHUe OenKoB-MuiiieHeir ¢ F-box 0eaxaMum KOHTpPOJUPYeTCS
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pasauuHbiMu MexaHumadmMamu. OAUH U3 TAKUX MEXaHW3MOB IIPe[-
CTaBJIsIET CO0OM TOPMOHAJBHYIO Momyaanuio adpdpuaHoctu F-box
O0esxa K muiieHu (puc. 18).

Ha mosepxnoctu F-box perenTopoB HaXOAUTCA JIEHIIMH-000ra-
mreHHbir yuacTok (LRR-moTuB), KOoTOpPHINT hopMuUpyeT creruduye-
CKUIl TUAPO(POOHBINI KapMaH C BBICOKOI ad)(PUHHOCTLI0O K TOPMOHY
omnpeaenaeHHoro Tuna. CeaspiBaHue ropmona ¢ F-box 6eaxom mpuso-
IUT K 00pasoBaHUIO CBA3LIBAIOIIEN ITIOBEPXHOCTH, HEOOXOIMMOM JJIs
cruenuUUYeCKOro y3HaBaHUA OeJIKOB-MUIIleHel. B sTom cayuae ro-
BOPSAT, YTO TOPMOH BBICTYIIA€T B KAUECTBE «MOJEKYJISIPHOTO KJes»,
KOTOPBIN obOecmeumBaeT rugpodoOHbIe B3aUMOIEHCTBUA MEXKIY
F-box pemenTopoM u MuIilleHbi0. B mocaencTBue OeIKU-MUIIEHHU
YOMKBUTUHHUPYIOTCA W paspymiarorca 26S mpoTeacOMHBIM KOM-
miexkcom. Kak mpaBuio, JaHHBIN MEeXaHU3M CBS3aH C Ieperpeccop-
HBIM PEryJsiTOPHLIM MEeXaHU3MOM, KOTOPBIM o0eclieurBaeT B OTBET
Ha cTuUMyJ (TOPMOH) yIajieHue OIPeeJIeHHON IPYIIIBI PEIIPEecCOpPOB.

F-box perenTopsl ObIIN 00HAPYIKEHBI AJIA IBYX PACTUTEJIbHBIX
TOPMOHOB: MHIOJUJI-3-YKCYCHON KHCJOTHI U H30JEHITMH-KaCMO-
uara (JA-Ile).

YV pacrenuit apabupmorncruca obHapysxeHo 6 F-box pememnropos
ayrkcuua: TIR1 (transport inhibitor response 1) u AFB1-5 (auxin

nurang 6e51oK-MuLLeHb
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F-box —_—
E peuentop) peuenuua

E3

F-bo v
E (peuenTop)

E3

CBA3blBaHMUE
6enka-
MULLIEHN

®
°e®5®

e
I'IpOTeoﬂVI3

26S npoTteacomom Q

avccoumaums
6enka-muweHn

YOVIKBUTVIHAIPOBAHHbI
6eN0K-MULLEHD

Puc. 18. [lepenpeccuonusiii mexauuam ¢ yuactuem F-box perenTopa
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signaling F-box). Bemok TIR1 6bL1 maeHTUPUIIMPOBAH y MYyTaH-
TOB, YCTOUUMBBIX K MHIMOUTOPAM IIOJSAPHOTO TPAHCIIOPTA ayKCHUHA,
B cepenmue 1990-x m ommcan Kak OeJIOK, YUYACTBYIOIIUI B TpaHC-
nopte UYK. Myranusa tirl sBiasercsa SJOCTATOYHO CJaa00i, ITOSTOMY
paccMaTpuBaiach BO3MOYKHOCTD CYII[€CTBOBAHUS I'€HOB C II€PEKPHI-
Baromumuca QyHknuamu. [eiicrBurensuo, TIR1 aBasercsa ogHuM
U3 IIeCTU OJM3KOPOACTBeHHBIX F-box 0esKoB. Y pacTeHMi, mMe-
OIUX HAPYIIeHWs cpasy B ueThipex reHax tirl afbl afb2 afb3,
B 3HAUUTEJbHOM CTENEeH! CHUKEeHA UyBCTBUTEJIBHOCTH K ayKCUHY.

ITocnenyromiue ucciaenoBanusa mokasanu, uro TIR1 mmeer ot-
HOIIIeHNEe K BOCIPUATUIO KJIETKON ayKCHHA. ITOT OEJIOK COAEPIKUT
F-box moMeH u ABJIsIeTCA KOMIOHEHTOM YOMKBUTHHUPYIOIIEH IIPO-
TenHOBO# Juraswel. Mumnienamu TIR1 aBiaAmTca OeJKM U3 ceMeii-
CTBa HETATUBHBIX TPAHCKPUIIIMOHHBIX peryaaTopoB Aux/IAA, Ko-
TOpBbIE PEIpPecCUPYIOT I'eHbl ayKCHUHOBOTO OTBeTa. AKTHUBMUPOBATH
SKCIIPECCUI0 ayKCHUH-UYBCTBUTEJIbHBIX I'€HOB BO3MOYKHO, €CJIH ya-
auTh ompenesnenubie Bugbl Aux/IAA. Ilox mefictBueM ayKcuHA
y TIR1 sHaumMTenbHO IOBBIIIAETCSA CPOACTBO K Oemkam Aux/IAA,
B pesyJbTaTe Uero OHU IPUBJIEKAIOTCA K Jurase E3, yOUKBUTHUHU-
pyioTcs, a 3aTeM paspylamTcsa 26S mpoTeacoMoii.

Bocrnpusarue KacMOHATOB PACTUTENbHLIMU KJIETKAMU OCYIIECT-
BJISIETCSI CXOJHBIM MeXaHu3MoM. AKTuBHAA ()opMa KaCMOHATOB —
usosennuH-xacmoHar (JA-Ile) — crmenupuuecku B3auMOAEHCTBYET
¢ 6eaxom COI1 (coronatine insensitive 1), Koropsrit siBasiercst F-box
O6enxkoM. CBsA3bIBaHIE M30JEHIIMH-KACMOHATa C 0COOBIM THIPOQPOO6-
HbIM yuacTKoM COI1 mpuBoauT K (GOpMHUPOBAHUIO IIOBEPXHOCTH, He-
00X0aUMOIi [IJIA CIEIN(PUUIECKOT0 CBA3BIBAHUSA OEJIKOB ceMeicTBa
JAZ (JASMONETE ZIM-domain). JAZ-6e1xu, KOTOPbIE SBISIOTCS
HEeraTUBHBLIMU PEryJIATOPAMH KACMOHAT-3aBUCUMbBIX PEAKIIUI, B OT-
BeT Ha BoszeiicTBre JA-Ile yOMKBUTHHUPYIOTCS 1 AerpasupyioT. Ecian
CPaBHUTH CHUCTEMY BOCIPUSTHUSA ayKCHUHA U JKACMOHATOB, TO CJIEAYyeT
orMeTuTh, uTo F-box pememnrop COIl saBiasiercs (PyHKIIMOHAILHBIM
anasiorom TIR1, a penpeccopsl JAZ-6enkn — anasoramu Aux/IAA.

rOpMOH-lIYBCTBI/ITeHbeIe nnna3sbl

B cucreme peryasnuu rub0epesinHA ObLI BBIABJIEH PACTBOPHU-
MBIl rubbepesnnH-cBaspiBaomuii 6egok GID1 (GA insensitive
dwarf 1), ngeHTUGUIUPOBAHBIM KaK pelenTop rubbepesamHa.



64 PELIEMLIAA BHELIHEMO CUTHAIA

Moaexkyna GID1 umeeT B CTPYKType KOHCEPBATUBHBIN JIUIA3HBIN
KaTaJIUTUUYeCKU nomMeH. Ilo sToMy NMpH3HAKY MaHHBINA PEIEenTOop
OBLTT OTHECEH K CeMeliCTBY IOPMOH-UYBCTBUTEIbHBIX Junas. OgHaxko
B KATAJIUTUUYECKOM IOMEHEe M3 TPeX CYIIEeCTBeHHBIX IJIA JIMIa3HOI
AKTUBHOCTA aMUHOKMCJIOTHBIX OCTATKOB IIPUCYTCTBYET TOJBKO IBA.
ITo sToit mpuunue GID1 me objamaeT KaTaJlWTHUUYECKON AKTUBHO-
cThio. BmecTe ¢ TeM, HeQYHKIIMOHAIBHBIN KaTAJIUTUUYECKUN TOMEH
dopmupyeT rudbbepeSInH-CBA3BIBAIONINN yUacTOK (KOp), obsamzato-
Uil BHICOKOI ad(pMHHOCTBIO K aKTHUBHBIM (popMaM rubdbepesainHa,
¢ cymiecTtBeHHbIM mpennouTeHueM GA; m GA,. AMUHOTEPMUHAID-
HbIL JomeH GID1 oGpasyer Haja yJyacTKOM CBSA3bIBaHUA rubbepeli-
JUHA KPBIMIKOIOLO0HYIO CTPYKTYPY, KOTOpas TaKKe B3anmMOIeli-
CTBYeT C MOJIEKYJIOIi TopMOHa. I'mbG0epeinH IOJAPHON CTOPOHOIT
MOJIEKYJIBI B3aMMOeHCTBYeT ¢ KOpoM, a ruapodoO0Hass CTOpoHA —
¢ nuno@uiabHbIM N-TepMUHAJBLHBIM YYaCTKOM, KOTOPBIA Kak
«KPBINIKOIi» HNPUKPBIBAET MOJIeKYyJy rubbepeiiuHa. I'nubbeperamnu
OKAa3bIBAETCsI B IOPMOH-CBA3BIBAIOIIEM KOpe Kak B Kapmaue. CBs-
3pIBaHUe ru00epesinHA IPUBOIUT K U3MEHEHUIO KOH(oOpMAaIuu pe-

peuenTop CBA3blBaHME

@ peuenuua ” 6enKka-MmuweHn
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Puc. 19. [lepenpeccuoHHBIN MeXaHW3M C yYacTHeM DelleliTopa U3 ceMeii-
CTBa F'OPMOH-UYBCTBUTEJIbHBIX JIUIIA3
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LeITopa U CTa0UIUBAINY ero CTPYKTYPhI. II0BePXHOCTH MOJIEKYJIbI
GID1 B obmacTu «KpPBIIIKH» CTAHOBUTCS HPUCIIOCOOJIEHHOM I
cBasbiBanuA 0enrkoB, nmeninux DELLA-momern. K DELLA-Geakam
OTHOCATCS pempeccophbl rubbepesinHoBoro curuaja. O6pasoBaHue
kommirekca GID1(GA)-DELLA npwBOAWUT K CYIIECTBEHHBIM KOH-
GopMAIIMOHHLIM M3MEHEHUSAM B KapOOKCHUTEPMHUHAJBHON YacTu
DELLA-Genka, B pesyJibTaTe 4ero OHM HPUOOpeTaoT CIOCOOHOCTH
cunenuduueckoro Bzaumogeiicteusa ¢ F-box cybowemunuiein SCF-mo-
IoOHOI yOuMKBUTHUHUDPYIONIel gurassl (puc. 19). Janee DELLA-Ge-
JIOK YOMKBUTUHUPYETCA U IIOJBEPraeTcs IMPOTEOJIU3Y.

T’'u66epelIMHOBEINA CUTHAJ, CJIeJOBaTeJIbHO, TOXKE 3aJeiicTByeT
HaIpaBJEHHLIN IIPOTEoJu3 0elKOB, ogHako perentop GID1, B oT-
auune ot F-box perenTopoB He ABISETCSA YaCTbI0 YOMKBUTUHUPYIO-
et Jimrasbl, a y4acTByeT B MOATOTOBKe OeskoB-muttieneir (DELLA-
0eJIKOB) K CBA3BIBAHUIO ¢ F-box cyObequHUIlEH JUrassl.

START-pomeH peuenTopbl

PemenTopsl 9TO Ipynnbl OBIIM OOHAPYIKEHBI IPU U3YUYEHUU
ABK-cursamna. IIpu mcroib3oBaHUM MCKYCCTBEHHOTO (DYHKIITMOHAIE-
Horo anasora ABK nupabaxTuHa ObLI BBISIBJIEH IHPaOaKTHUH-YCTOI-
yuBblii myTaHT Arabidopsis pyrl (pyrabactin resistance 1). Kak
OKasaJioch, JoKyc PYRI komupyet 6enox PYR1, BeicOKOa(pPUHHBI
K ABK, xoTopsiii ObLT uaeHTH(UIIIPoBaH Kak perentop ABK. ITosxxe
ObLI0 mMOKaszauno Hajauume ApyruxX PYR1-mogo0HBIX OEJIKOB CO CXOI-
HO#t pyurmment u crpykrypoit (PYR1-LIKE — PYL). Hpyrasa uccJe-
JOBaTeIbCKAsd I'PYIIa O0HApPY KUJIa 0EJIOK, HAIPSAMYIO B3aWMOMIEH-
cTByMOIUi ¢ mpoaykToM reHa ABI2 — mporenHoBout (ocarasoir 2C
(PP2C), xoropas maBHO ObLIa M3BECTHA KAK HETaTUBHBIN PEryJIsaTop
ABK-curuana. 9T1oT 6eJIOK MOJy4YnJ HadBaHUE PeryJasaTOPHBIH KOM-
monedT ABK-curmana 1 — RCAR1 (REGULATORY COMPONENT
OF ABA RESPONSE 1). Berok RCAR1, Kak ObLIO BBISICHEHO BIIO-
ciaencTsuu, coorBeTcTByeT 6esky PYR9. OgHoBpeMenHOe IOsBIIEHNTE
coobmenuii o curHaabubix 0enxkax PYR1/PYL u RCAR mnpuseio
K BOBHHKHOBEHHUIO JBYX HOMEHKJIATYDP [IJis OMHOI I'PYIIbl OEJIKOB.
ITo sroit npuunne perentopsl ABK aToit rpymnmnsr o6osuauaior PYR/
PYL/RCAR. Beaxku PYR/PYL/RCAR oTHOCAT K 0OJBIIIOMY CyHIep-
cemeiictBy START-0e/1K0OB, UMEIOITUX B CBOEI CTPYKTYpPe OCOOBIH I0-
meH START (steroidogenic acute regulatory related lipid transfer).
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START-nomen dopmupyer ABK-cBasbiBarouii kapMaH, KOTO-
puIil UIaHKUPYETCS ABYMS IIeTJIAMU, Ha3blBAEMBIMU BOPOTA W 3a-
Mok. CBaseiBanue ABK c¢ pelenTtopomM IPUBOAUT K 3aKPBIBAHUIO
neresb, 1 Mojekyiaa ABK okasbiBaeTcsa 3alepToii BHYTPU KapMaHa.
9TO IPOBOIMPYET U3MEHeHNe KOH(OpMAIlnK, B Pe3yJbTaTe Uero pe-
IeIITop mpuobpeTaeT CIOCOOHOCTHh BLICTYIATh B KaUeCTBE KOHKY-
peuTHoro mHruburopa ¢ocdarassl 2C. OH cBA3LIBAETCS C peaKIlu-
OHHBIM IIEHTPOM (hbepMeHTa ¥ MHIMOUPYET ero aKTHUBHOCTD.

Penientopsr ABK B oTcyTCcTBHMM TOpMOHA HaXOATCA B KJIETKE
MIPEeMMYIIIeCTBEHHO B Bue romoauMepoB (puc. 20). Muriens perier-
TOopa — mpoTenHoBas Gocdaraza 2C — HaxomUTCSI B aKTUBHOM CO-
CTOAHUU M MHrubupyeT nporenHKknHasy SnRK2. 9ra SNF1-momo06-
Has KMHas3a SABJSEeTCS MO3UTUBHBIM peryiaaTopom ABK-perymupy-
eMbIX reHoB. CBasbiBaHue pererntopa ¢ ABK mpuBoauT K uameHe-
HUIO ero KOH(GOPMAIlNK, B PE3yJIbTaTe UYero roMOJNMEPbI JUCCOIH-
UPYIOT, a KaKIbIA PEIenTop HPproOpeTaeT CIIoCOOHOCTL B3aMOIEl-
CTBOBaTh C pPeaKIUOHHBIM IleHTpoM PP2C, KOHKYpeHTHO MHTuOu!-
py4 ero akTuBHOCTb. Pemnpeccus ¢ocdarassl 2C IPpUBOAUT K aKTHU-
Bamuu nporenHKuHassl SnNRK2, KoTtopas dochopuaupyer rpynny
TPAHCKPUIIIUOHHLIX (paKTopoB — axTuBaTopoB ABK-perynupye-
MBIX T€HOB.

AUMep O nvirang aKTMBHble
HEaKTMBHOrO . peLienTopel
pevenTopa
peuenyus
”,(
nwrang O

cBA3bIBaHUE
penpeccop g —

aKTnBauuma

curHanbHoro
nocpeaHuKa nepedaua
™ cnrHana

Puc. 20. Mexanusm aktuBamuu START-momen perenropa

penpeccopa
CUTHANbHBIN

nocpeaHnKk
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2.3. CBETOBbIE PELENTOPbDI

CBeT, Kak MCTOYHUK TeIlJla U SHEPTUU, MMEET CYIIeCTBEHHOe
3HAUYEHUE [JIA KUBBIX CYIIECTB U, I'JIABHBIM 00pasoM, yd (GoTo-
CUHTE3UPYOINX OPraHM3MOB, B TOM YHCJIe IJA pacreHuit. Ilei-
CTBUE COJITHEUHOT'O CBETa HA IMOBEPXHOCTH 3eMJIU He ABJAETCA IIO-
CTOAHHBIM: WHTEHCUBHOCTH MHCOJIAIIUN B TE€UEHUE CBETOBOTO JHSA
MOKET U3MEHATHCA B 3aBUCHUMOCTH OT IIOTOJAHBIX YCJIOBUM, OT IIO-
JIOKEHUS COJIHIIA OTHOCUTEJIbHO YPOBHS TOPU30OHTA (MHBIMU CJIO-
BaMM, OT BPEMEHU CYTOK) 3aBUCUT CIHEKTPAJbHBIN COCTAaB COJHEU-
HBIX Jiyueii. Kpome TOro, cBeTOBBIE MEPUOABI UEPENYIOTCA C TEM-
HOBBIMU, IIPUYEM HaA OOJIBIIIEH YACTU 3€MHOU IOBEPXHOCTU COOT-
HOIIIeHUE MTPOJOJIKUTEIbHOCTH 9TUX IEPUOAOB U3MEHAETCSA B TeUe-
HUe roza. JdTO 00YCJIOBUJIO SBOJIOIMOHHOE PAa3BUTHE Y OOJBIINH-
CTBa Ha3eMHBIX OPTaHU3MOB CEHCOPHBIX CBETO3aBUCHUMBIX CHCTEM,
yepes KOTOPhIE OCYII[ECTBJIAETCA TOHKAd HACTPOMKaA (PU3MOJIoruUe-
CKOIl aKTUBHOCTH, a TaKiKe IIPOIIECCOB POCTa U PA3BUTHU.

CeToperyiupyeMble MEXaHU3MbI PACTEHUII ITPEUMYIIECTBEHHO
3aBUCAT OT [ABYX OMAlla30HOB CBETOBBIX BOJIH, COOTBETCTBYIOIIIUX
CUHEMY U KPAcHOMY CHeKTpaM. B HacToAmnii MOMEHT y pacTeHUi
o0HapPYsKeHO TpU cemeiicTBa (OTOPEIenTOPOB. PUTOXPOMBI IIOTJIO-
IIAIOT KPACHBIA CBET, (hOTOTPONMUHBI — CUHUI, a CIIEKTP IIOTJIOIIE-
HUSA KPUIITOXPOMOB OXBATHIBAET CUHUN U IMHHOBOJIHOBYIO 00JIaCTh
yasrpaduosnera (UV-A). Takke paccMaTpuBaeTca BOSMOYKHOCTE CY-
IITeCTBOBAHUSA PEIeNTOPOB yabTpaduosera auamasona B (UV-B).

Bce doTopenenTopsl pacTeHUU ABIAIOTCA OeIKaMu, KOTODPBIE
UMeIT XpoMoGop — IPOCTETUUECKYIO CBETOIOTJIOIIAOIIYIO YACTh.
Xpomodop yaep:KUBaeTCsa MOJUIENITUAHON YAaCThIO PEIlenTopa cJa-
OBIMU MU KOBAJEHTHBIMU CcBA3AMU. OCHOBHOU IpUHIUI (GYHKIIU-
OHUPOBAHUA (POTOPEIEIITOPOB 3aKJIIOUYAETCA B TOM, UTO IIOTJIOIIE-
HUe JIyuell OMpeNejIeHHOTO CIIeKTpa XpoMo(GOpoOM 3amycKaeT MO-
JEKYJAPHBIN MeXaHU3M, IPUBOAANINN K 3HAUUTEJLHBIM H3MeHe-
HUAM KOH(OpPMAaIMU PelenTopa. OTO OTPa’KaeTcs Ha aKTUBHOCTU
G oTOPEIenTOPOB, TO €CTh HA MX CIIOCOOHOCTU B3aMMOIEHCTBOBATH
C CUTHAJbHBLIMH TMapTHEPAMU U CTUMYJHPOBATH BHYTPUKJIETOUHBIH
CUTHAJbHBI MEXaHU3M.

OCcHOBHBIE XapPaKTEPUCTUKU PACTUTEJbHBIX (OTOPEIENTOPOB
IpUBeIEeHbl B TabauIle.
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I'pynna Jduana3oHsl Xpomodop
Penentopsr UV-B UV-B HEU3BEeCTHO
CUHNI,
DOTOTPONIUHEBI max 450 HM FMN
Kpunroxpomsl UV-A/cunnit FAD
DuTOoXpOMBI KPaCHLIH, (uToxpomobmIH

IaJbHUN KPacHBIN

2.3.1. UV-B peuenTopbl

Cy1iecTByeT MHOYKECTBO KOCBEHHBIX OKAa3aTeJIbCTB (PYHKIIMO-
HUPOBAHUA y pacTeHUU MexXaHU3MOB, peryjaupyemeix UV-B guana-
30HOM, JeliCTBHEe KOTOPOTO CBASLIBAIOT C MHTMOWMPOBAHUEM YIJIUHE-
HUA TUIOKOTUJIA U TPAHCKPUIIINU PALa reHoB. B HacTosAee BpeMsa
UV-B pernenTopsl He UAEHTU(PUIIMPOBAHBI, OJHAKO MOKa3aHO, YTO
cuenudurueckue orBeThl Ha UV-B He omocpenyioTcss U3BECTHLIMU
CBETOBBIMU pereniTopamMu. Kpome TOro, BHISABJIEHBI HECKOJIBKO CUT-
HaJbHBIX KOMIIOHEHTOB, BOBJI€UEHHBIX B OTBeT Ha HelicrBue UV-B.
Cpenu uux ULI3 u HY5. Koukpernaa ¢gyaxkmua ULI3 He usBecTHa.
IIpeATIONOKUTETBHO 3TOT OEJIOK CONEPKUT T'eM, MMEeT CalT CBA-
3BIBAHUA C AUAIUJITJIUIEPOJOM U JIOKAJU3YyeTCcd B ITUTOIJIa3Me
u mrasmagemme. HY5 — aro bZIP TpaHCKPUNIIMOHHBIN (aKTOP.

2.3.2. DoToTpONUHDI

OTKpbITVE U GYHKLMM

IlepBbiii oToTponuH Obla umAeHTUUIEPOBAH B 1997 roxmy.
B pesynbraTe CKpuHMHra mMyTanuii y pacrenuit Arabidopsis Obra
obmapysxen myrtant nphl (non phototropic hypocotyl), y xoro-
POro THIIOKOTUJIb He HPOSABJISAI (POTOTPOIMUECcKOl peaxiiuu. HMc-
caemoBaHuA npoaykTa rena NPH1 y pacTeHU# AUKOTO THUIIA TOKAa-
3aau, uto 6esox NPH1 accomuupoBaH ¢ IiasMaTHUYECKON MeMOpa-
HO¥ M yCTOMYMBO aBTO(GOCHOPUIUPYETCA B OTBET HA OOJIyUeHUe CU-
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HUM cBeTOM. BbLiI0o mpexamosoxeno, uro NPH1 yuacTByer B peliel-
MU CUHETr0 CBeTa M OIIoCPelyeT KacKaaHBIN MeXaHM3M, KOTOPBIi
OPUBOAUT K Pa3BUTHUIO (POTOTPOIMUUECKOII peakmuu. Hawmbosbias
YYBCTBUTEJILHOCTh PACTEHUI HAOJIOJAeTCsA IPU OOJYUEHUU CUHUM
cBeTOoM ¢ MakcumMyMoM okojo 450 Hm. ITocae Toro, Kaxk QyHKIUHN
NPH1 6bL1M TOYHO yCTAHOBJIEHBI, STOT 0O€JOK OBLI IIeperMeHOBaH
B ¢pororporiua 1 — photl. ITos:xe y pacrenuit Arabidopsis ObLI BbI-
meneH BTopoit ororpornuH phot2. O6a perenTopa KpaiiHe BasKHBI
IJIsl PeryJasalluyd TPeX OCHOBHBIX (DYHKIIMI, KOTOPbIe HAaIlPABJIEHBI
Ha OITHMH3AIUIO IIpoilecca (hoTocuHTE3a:

1) ¢ororpomnusm;

2) IBUKEeHUe XJIOPOILJIACTOB;

3) OTKpbIBaHHE YCTHUII.

OBa dororponuua Arabidopsis crmenmuannsupoBaubl HA PasHBIX
VHTEHCUBHOCTSAX CBETOBOro maiayueHusi: photl Baskew mjsi Bocupusi-
THSA CBETA HUB3KOM MHTEHCUBHOCTHU, a phot2 — BbICOKOI. PyHKIUN,
KOTODBIE PEryJIUPYIOTCS ABYMSA (hOTOTPOIIMHAMU, YACTUUHO IIePEeKPbI-
BaroTcA. Psam QyHKIIUE CTUMYJIUPYETCA TOJBKO OTHUM 13 (DOTOTPO-
IIMHOB, a HEKOTopble obommu, mpuuyeMm photl- m phot2-zaBucumsie
peakuu MOTYT MMETh IPOTUBOIIOJOMKHYIO HAIIPaBJIEHHOCTb. Pas-
JINYUS CBETO3aBUCHUMBIX PEAKIINI, PEryJIupyeMbIX ABYMS (POTOTPO-
MMUHAMU, HEIOCPEICTBEHHO CBS3AaHBI C MHTEHCUBHOCTHIO BOCIPUHU-
maemoro cBera. Oba pelieniTopa peryaupyior (h)OTOTPONMU3M B OTBET
Ha JiaTepajbHOEe IeiiCTBHE CHHEro CBeTa BBICOKONM WHTEHCHBHOCTH,
a Mpy HUBKOU WHTEHCHBHOCTH cBeTa (hOTOTpOMMUEcKas pPeaKIus
ormmocpenyercsi TOJIbKO photl. B mepBom ciyuae pasBuUBAaeTCs OTPU-
IaTeJbHbIN (poToTpOomM3M (M30eTaHUe CBETa), BO BTOPOM — ITOJIOMKH-
TesqbHBbIN. OTKpBIBaHME YCTBHHUI[ KOHTDPOJUPYETCS 00omMuU (POTOTPO-
MUHAMY B PABHON CTEIIeHU MPU PA3JINUYHBIX MHTEHCUBHOCTSX CBETA.

Perynanusa IBUMKEHUA XJIOPOILJIACTOB (DOTOTPOIIMHAMY OCYIIIECT-
BJISIETCSI PasHOHAIPaBJIeHHO. [IpK OCBEIleHHOCT! HU3KON MHTEHCUB-
HOCTH, IPU KOTOPO# akTuBHUpyercs: photl, xyoporuiacTel pacroJiara-
IOTCSI HA OCBEII[eHHOM CTOPOHE KJIETOK. B TaKOM ITOJIOMKEHUU XJIOPO-
ILJIaCThl B HAMMEHBIIe!l CTeNeHU 3aTEHSIOT APYT APYyra, U MO3TOMY
IIOTJIOIIeHEe CBETOBOM 9HEPrUU CTAHOBUTCS MaKCHUMaJabHBIM. [Ipu
BBICOKOM CTeIleHM COJHEUYHOM Mppaguanuu akTuBupyercsa phot2,
yepe3 KOTOPBIM pasBUBaeTCs peaxiiud m3beraHusa cBera — XJIO-
POILIACTHI PEJIOKAIU3YIOTCA K CTOPOHAM KJETOK, PACIIOJNIOMKEHHBIX
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BJIOJIb HAIIPABJIEHUS CBETOBBIX JIyueill. OTO CIOCOOCTBYeT MUHUMIU-
3aIl¥ IIOTJIOIIEHUS CBETOBOI 9HEPIUU U CHUMKEHUIO (DOTOIMOBPEIK-
IeHUsi XJOPOILIACTOB.

K yuukanvabiM cBoiictBam photl orHOCuTCA TOpMOkeHHEe PO-
CTa PaCTAKEHUEM THUIMOKOTUJIA STUOJUPOBAHHBIX MPOPOCTKOB IPU
IeficTBUH cBeTa JII000II MHTEHCUBHOCTU M yUacCTHe B JecTa0uImu3a-
MU cIeNu(PUIECKUX SAAEPHBIX U XJOPOIJIACTHHIX TPAHCKPHUIITOB
B OTBET Ha BBICOKYIO CTEIleHb MPPAIMAIMN CUHEro CBeTa.

CTpyKTypa

dororponuubl npuHamigexkar K mnoxacemeiictey ACG-VIIIb ce-
meiictBa KumHa3 ACG, Koropoe BKJOuaeT cAMP-zaBucumMble Ku-
Hasbl, cGMP-3aBucumble KuHasel G u ochoaunug-saBuCcuMbIe Ku-
Hasbl. B MoJieKyJsie (hOTOTPONMHOB BBIAEIAIOT aMUHOTEPMUHAIbHBIH
($OTOCEHCOPHBINT 1 KapOOKCUTEPMUHAJIBHBIA CEepUH-TPEOHUHOBBIH
KUHa3HBIN goMeH (puc. 21). B cocraB hoToceHCcOpHOI YacTu GOTO-
TponHOB BXogAT aBa moxoxxkux LOV (Light, Oxygen, Voltage) mo-
mena — LOV1 u LOV2. [Tomenwl cemeiictBa LOV axkTuBUpYyIOTCA
BHEIITHUMU BO3JeMCTBUAMM, TAKUMU KaK CBET, KUCJIOPOJ U HAIPS-
skeHue (oTcioga ab0peBmaTypa), U O0HAPYIKUBAIOTCSI Y MHOTUX pe-
IyJSATOPHBIX OEJKOB, BBIIOJHAOIINX perenTopubie yuriuun. LOV1
u LOV2 caswsiator FMN ((h1aBUHMOHOHYKJIEOTHU) U (PYHKITMOHM-
PYIOT B KauecTBe CEHCOPOB CHHETO cBeTa. HecMOTps Ha 3HAUUTEb-
Hoe cxoacTBO, goMeHbl LOV1 m LOV2 BLITOJHAIOT pasjudYHbIE
dyarnun. [na peryadanun 6MOJOTUYECKOM aKTUBHOCTH (HPOTOTPO-
MUHA TPUHIUTUAJILHO BaKHBIM ABJIsderTcsa moMeH LOV2. MmeHHO
OH CJIYKUT CBETOBBIM IIE€PEKJIIOUATEIEM, KOHTPOJUPYIOIINM aKTUB-

N C
phot1 |LOV1 | |LOV2| |—| | KWHa3HbIN JOMEH ||
(Hu3Kan FMN FMN
MNHTEHCMBHOCTb CBeTa)
phot2 | |LOV1 | |LOV2| |—| | KWHa3HbIN AOMEH ||
(BbICOKaﬂ FMN FMN

WHTEHCVBHOCTb CBETA)

Puc. 21. Crpykrypa dororponuuos (mo Chen et al., 2004)
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HOCTh C-TepMuHaAJIBHOrO AoMeHa. 3HaueHue LOV1-momeHa OKOHUA-
TeJbHO HEe BBISCHEHO, HO IIPEII0JIaraeTcsi, YTo OH y4aCTBYEeT B IU-
Mepusanuu (OTOTPOIUHOB U CIIOCOOCTBYET MOAAEPKAHUI0 (DYHKIIH-
OHAJILHO aKTUBHOM CTPYKTYPHI (poTOperemnTopa.

B temuore LOV-gomensl HeKOBaIeHTHO cBsdbiBaroT FMN. Ilpu
9TOM XPOMO(OPHBI IPOUHO YAEPIKUBAIOTCA B CcTPYKType LOV-mome-
HOB 3a CUeT BOJOPOIHBLIX CBsi3ell M BaH-Aep-BaalbCcoBBIX B3aMMO-
mercTBUil, 00pasdyeMbIX C OOUHHAAIATHI0 KOHCEPBATHUBHBIMHU aMI-
HOKHCJIOTHBIMU OCTATKaMU. B 9TOM COCTOSIHUM KMHA3HBIN TOMEH
acCOIIMUPOBAH C (DOTOCEHCOPHBIM, TO €CTh MOJIEKYJa (pOTOTpOIMMHA
HAXOAUTCSA B CJOKEHHOM COCTOSIHWW, M KWHA3HBLIA JOMEH He MO-
JKeT IIPOSABJIATH CBOM CBOMCTBa, TaK KaK He MMeeT JOCTyIla K CcyO-
crpary. Takyio KoH(popMAaI[Mi0 HA3bIBAIOT 3aKPhITOH. B HeaKTus-
HOM COCTOSHUM MOJIEKYJIbI (DOTOTPOIMHA CBSA3AHBI C ILIa3MaTUYe-
CKOII MeMOpaHoii.

CBeToBas akTMBayuA

Otgmenenusrii ot perentopa LOV-qoMeH B TEMHOTE MMeEeT Mak-
cumym moryomienus 447 um (LOV,,;). O6iyueHue CUHUM CBe-
TOM CTHUMYJUPYET (POTOXMMHUUECKYIO PEaKI[HI0, B pe3yJbTaTe KO-
TOpoil BO3OYy:KAeHHAsA xpoModopHas rpynma o0pasyeT KOBaJIEHT-
HYIO CBfA3b C KOHCEPBATUBHBIM OCTAaTKOM nuctenHa. O6pasyercs
LOV;,, ¢ Mmakcumymom mnoruiomeHus 390 HM. POTOKOHBEPCHUSA OCY-
II[eCTBJSIETCA B TeUueHWEe HECKOJIbKUX MuKpocekyHz. IIpexmosara-
eTcs, UTO IepBOHAUYAJIbHOE BO3OYIKIEHHOE CUHTJIETHOE COCTOSHUE
xpomodopa KPaTKOBPEMEHHO IIPeobpasyeTcsa B TPUILIETHYIO (GOpMY
LOV4, ¢ MaKCUMyMOM IIOTJIOIIEHUs B KpacHoit ob6sactu ( LOV,,, —
LOVy — LOV,y,). ObpaTHBIN IIepexo]; B HEaKTUBHOE COCTOSHUE
(LOVy, —» LOV,,;) IpPOUCXOAUT CIOHTAHHO B TEMHOTe Ha IIPOTH-
JKEHUM OT HECKOJbKUX JEeCATKOB [0 HECKOJbKHUX COTEH CEKVHI.
PeBepcus B MCXOZHOE HEAKTUBHOE COCTOSHIE MOMKET CTUMYJIUPO-
Barbca npu obsyuenun LOVgy, yiabrpaduroserom. Mmeer sm sTOT
nportecc UV-cTuMynupoBaHHON KOHBEPCUU OMOJIOTHYECKOe 3HaAUe-
HUe, B HACTOSAIee BPeMsA HEM3BECTHO.

B mHTaKTHBIX MOJEKyJax (POTOTPONMHA MOTJIOIIEHUE CHHETO
CBeTa TakKiKe IPUBOLUT K MePBOHAUAJHHOMY BO30YKAEHHOMY CO-
CTOAHUIO M KPAaTKOBPEMEHHOMY O0OPA30BAHWIO KOBAJEHTHOI CBA3U
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mexxay FMN u mHBapumaHTHBIM ocTaTKOM mucternHa LOV-momena.
9Tu coOBITUS TPOBOIUPYIOT CYIIIeCTBEHHBIE CTPYKTYPHBIE Iepe-
CTPOIIKM (POTOTPONMHUHA: MOJIEKYJa PacKpbIBaeTCA — KUHABHBIN
1 (POTOCEHCOPHBIN JOMEHBI AUCCOIUUPYIOT, UTO TO3BOJIAET PeIlell-
TOPY BBIMIOJMHATH KWHAa3HBIe (GyHKIuu (puc. 22). OQHOBPEMEHHO
¢ oTuM (POTOTPONHUH TepsAeT CBIA3b C MeMOpaHOII W BBICBOOOIKIA-
eTcA B IUTOILIa3My. BoaBpalieHue (GOTOTPONIMHA B HEAKTUBHOE CO-
CTOSAHUE ABJAETCA OTHOCUTEJIHLHO MeJJIeHHBIM mpoieccoMm. To ecTs,
AKTHUBHOE COCTOSHME MOCTATOUHO CTAOMIBbHOE M MMEeT IPOIOJIIKM-
TeJIbHOE BpeMsdA CYIIeCTBOBAHUA.

B o6oux ororponumuax LOV2-momeHbl 60jiee ap(peKTUBHO IO -
BeprarioTcs CBETO3aBHUCUMOI KOHBEpPCHM, IO cpaBHeHHio ¢ LOVI.

DochopunupoBanue. Ilogo6HO sUTaH-CBASBIBAIOIINM pellel-
TOPHBIM KHHAa3aM, (POTOTPONMHBI MHTEPMOJIEKYJIAPHO aBTO(ocqo-
punupyooTrcda. AKTuBanua (GOoTOTPONUHOB CTUMYJIUPyeT oOpasoBa-
HUEe TOMOAMMEPOB, B COCTaBe KOTOPBIX PEIENTOPHLI IomapHO ¢oc-
(QOopUAUPYIOT APYT Apyra o clemu(PUUYeCKUM OCTaTKaM CepuHAa.
@DoTOTPONTMHBI UMEIOT MHOYKECTBEHHBIE CAUThI (hochopuampoBaHms,
¥ TOJBKO YaCThb WX HCIIOJb3YEeTCs IJI TPAHCAYKIIUY CBETOBOTO CUT-
HaJsa. [Ipyrue caiThl HEOOXOAMMBI IJIA PETYAANUN AaKTUBHOCTHU
U YYBCTBUTEJHLHOCTU PEIEeNTOpa K CBETY.

BrisABIEHO BOCceMb CEPUHOBBIX OCTATKOB B aMUHOTEPMUHAJIBHOM
yactu (pororponuua photl, KoTopble ABIAOTCA caTaMu (Pochopu-

peakUMOHHbIN | | | | |
LIeHTP 3aKpbIT cy6cTpar X'| | |

KpaTkoBpemeHHOe KoBaneHTHoe
cBA3bIBaHVe xpomodopa (FMN)
c 6enkom yepes Cis

CUHWIA CBET

(450 HM) TeMHOTa

peaKkLMOHHbIN |
LieHTp JOCTyrneH
ana cybctpata

cybeTpat

Puc. 22. Mexanusm axtuBanuu Gororponuna (mo Chen et al., 2004)
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aupoBaHus. [IBa m3 HuxX HaxonaTrcs Boaise LOV1-momena co cro-
poubl N-KoHIIa (cepuH-27, cepuH-30), a ocTadbHbIe MEXKIY AOMeE-
"Hamu LOV1 u LOV2 (cepun-274, cepun-300, cepun-317, cepuu-325,
cepuu-332, cepun-349). ABrodochopurnpoBarnre (POTOTPOIUHOB
M0 KOHKPETHBIM caiiTaM MPOUCXOAUT B 3aBUCUMOCTH OT MHTEH-
CHUBHOCTHU OCBellleHusi. Hampumep, cepuHbl B moJyoxkeHuax 27, 30,
274 u 300 pochopuINPYIOTCS IPU HU3KOU MHTEHCUBHOCTU CUHErO
cBeTa, TOrJa KaK OCTaJIbHbIe UeThbIpe — IMIPU CPpemHeil 1 BBICOKOII
uHTeHCuBHOCTH. [uddepernuansbruoe pochopuarnpoBanme CBA3AHO
C 0COOEHHOCTAMU PETYIANNU (DOTOTPONUHOB U (DOTOTPOITMH-3aBUCH -
MbBIX oTBeTOB. Tak, ochopunuposanue photl B ycaoBusax caaboii
U CpeqHEeN OCBEITeHHOCTU CIIOCOOCTBYeT (POPMUPOBAHUIO TTOBEPXHO-
CTH MOJIEKYJIbI, HEOOXOOUMOI IJisI B3aMMONEHCTBUSA C HAYHCTPUM
napraepamu. PochopusnpoBanme, CTUMYJIUPYEeMOe CUHUM CBETOM
BBICOKOIT MHTEHCUBHOCTHY, HA00OPOT, IPEePLIBAET BOBMOYKHOCTD IIepe-
Jauy CUTHAJA OT ruiepdochopminpoBaHHoi (popmel photl. 9to mo-
CTATOYHO BAYKHO [JIS PEryJsilIUM TeX IIPOIleCCOB, B KOTOPBHIX photl
u phot2 BrICTyIIatOT aHTArOHHCTAMM, HAIIPUMED ABUKEHHE XJIOPO-
IJIACTOB B YCJIOBUSX Pa3JIMUYHOMN ocBellleHHOcTH. Kpome Toro, oco-
OermHOCTH (hochHOPUIUPOBAHUA (POTOPEIIEITOPOB MOTYT OIPEAeJaATh
cuenuduueckuii Hab0p CUrHAJBLHBIX 0€JIKOB, C KOTOPBIMU OYAYT
B3aWMOeICTBOBATh (DOTOTPOIIMHBI.

Jorkanuzamua. @ororponuusl photl u phot2 asasirorcs rugpo-
GuIbHBEIMU OeJTKaM’, OMHAKO B HEAKTWBHOM COCTOSHUM OHU CBA-
3aHBI C IIJTa3MaTUYECKOM MeMOpaHOI uepes IjiasMajieMMHBIe OeJIKH.
ITox melicTBMeM CHHETO cBeTa JIOKaau3anus (GOTOTPOINHOB OBICTPO
usmensercsa: photl BeicBOOOXKIaerca B muToImLIasmy, a phot2 me-
pepacupeneaseTcsa K annaparty loapmxu. @yHKIHOHAIbLHAA 3HA-
YUMOCTB DTOTO IIPOIlecca eile He BbldcHeHa. OQHAKO M3BECTHO, UTO
o1 Jokanmsanuu phot2 ma memOpanax ammapara [oabmKu cyie-
CTBEHHYIO Ba)KHOCTH MMeeT KUHa3Hasd aKTUBHOCTD.

Ilepemaua curnama. CBerosaBucumoe (GochopuJInpoBaHUE He-
o0xonumo nasa GOPMUPOBAHUS CBA3BIBAIONIEll MOBEPXHOCTHU, Uepes
KOTOPYIO (hOTOTPOIMUHBI BBAUMOIEHUCTBYIOT C CUTHAJBHBIMU IIOCPEI-
HUKaAMU. AKTUBHBIZ (DOTOTPONUH CIOCOOEH CBS3BIBATHCS C Pa3JIMU-
HBIMU DPETyJSATOPHBIMU KOMIIOHEHTaAMM, UYepe3 KOTOPhI€ OCYIIIeCT-
BJISETCS PEryJaAnusa KOHKPETHBIX (DOTOTPONMH-3aBUCUMBIX peak-
nuii. Kararuruueckasa (KMHa3HAaA) aKTUBHOCTHL (DOTOTPOIIUHOB
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obecrieurBaeT HE TOJBbKO TPAHCMOJIEKYJISPHOEe aBTO(OCHOPUINPO-
BaHMe, HO MOKEeT ObITh HAIIPABJIeHA TaKKe Ha MOJIEKYJIbl CUTHAJb-
HBIX mapTHepoB. Hampumep, B peakIuy OTKPBIBAHUS YCTBUIL OCY-
miectBiasercsa GochopunupoBanue miasmaaemMmuoin HY-AT®aszsr ¢o-
ToTponuHamMu. BaaummomeilicTBrue (hOTOPEINEnTOPOB C MPOTOHHBIMU
IIOMIIAMHU B 3HAUYMTEJIBHON CTEHeHU O00JIerdyaeTcs PeryasiTOPHBIMU
14-3-3-6enxammu.

2.3.3. Kpuntoxpombl
OyHKUMN

ITepBoHAUAIILHO KPUIITOXPOMBI OBLIN 00HAPYKeHBI ¥ Arabidopsis,
HO BIIOCJIEACTBUM OBbLIM HAWIEHBI y APYTUX PaCTEeHUIl, a TaKxKe
Yy JKMBOTHBIX U OaKTepuii. KpunToXpoMbl ABJIAIOTCA IIUPOKO Pac-
MIPOCTPAHEHHBIMY (POTOPEIENITOPAMM B IpHUpOZIe. ¥ IIpPeicTaBUTe-
Jiell pasIMYHBIX TAKCOHOMWYECKUX I'PYIIN, SBOJIOINUOHHO yIAJIEeH-
HBIX APYTr OT APYra, KPUITOXPOMBI BBIMOJHSAIOT CXOTHbIE (DYHK-
nuu. Hamubosee yHuMBepcaJabHON (PYHKIIMEN BTUX PEIENTOPOB fAB-
JIAeTCA PeryaAnus IMUPKAJHBIX PUTMOB. ITOT MEXAaHH3M HMeEeT
OUeHb JpPeBHee IPOMCXOKAEHNEe U B OOIIUX uepTax CXO/AeH y pas-
HBIX I[APCTB KMBOT'O MHpA.

IToMuMO KOHTPOJS IUPKALHBIX OCIUJLIAINNN, KPUITOXPOMBI
BBIMIOJIHSIOT TaKiKe (PYHKIUU, XapaKTepHbIe TOJBKO IJA pacTe-
Huii. OHU OMOCPENYIOT MPOIECCHI AEITUONAINNA U YUACTBYIOT B pe-
ryaAanuu (GoTomepUoOgUUYeCKr 3aBUCUMBIX (DJIOPAJBHBIX MeXaHU3-
MOB. MHOrMe MpoIecchl PeryanpyioTesa KPUITOXPOMAMU COBMECTHO
¢ duToXpomMaMu.

B pacrenusax Arabidopsis o6HapyskeHo 3 Kpunroxpoma (crypto-
chrome — cryl, cry2 u cry3). [Ipa us Hux, cryl u cry2, obiamaimT
BBICOKOH CTEIeHBIO I'OMOJIOTMY U BBIMOJHSIOT CXOAHbIe (QYyHKIIUH,
omHako cryl oTBeuaer 3a BOCHPUATHE CUHErO CBETAa BBICOKOUW WH-
TEHCUBHOCTHU, a Cry2 — HU3KON. PYHKIUU STUX PEIeNTOPOB ua-
CTUYHO NEPEeKPHIBAIOTCA B PEryaAnuu nestuonsanuu. CylmecTBeH-
HOE PeMOAYyJIWPOBAHUE JKCIIPECCUM OOJIBIION I'PYIMIBI M'€HOB MPU
BBIXOJ[€é IIPOPOCTKOB HA CBET KOHTPOJHUPYETCS MPEeUMYIIeCTBEHHO
Kpunroxpomamu cryl u cry2, co 3HAUUTEJNHHO MEHBIIIUM BKJIAJA0M
uroxpoma A. BayKHBIM pPeryJiATOPHBIM MOMEHTOM B 3aMeJIeHUU
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pocTa TUIIOKOTUJIS IIPU AEITUOJNAIUN ABJISETCA CHUMKEeHNE YPOBHS
rub0epesINHOB ¥ ayKCUHOB, a TaK/Ke CHUIKEHNE UYBCTBUTEIbHO-
CTH TKaHEeW K 5TUM TOPMOHAM.

B perynamum nBeTeHus cry2 mMeeT HAMHOTrO 0oJbIlliee 3HAa-
yenune, ueM cryl. Bolo mokasaHo, UTO KPUITOXPOMBI HEIIOCPE-
CTBEHHO BOBJIEKAIOTCS B CBETO-3aBHUCHUMYIO CTAOWJIM3AI[UI0 TPAHC-
KpuniiroHHoro aktuBaTopa GaopanbHbiXx TeHoB CO (CONSTANCE).

Kpunroxpom cry3 3HAUYMTEJHHO OTJIHUUAETCS IIO0 CTPYKTYpPEe
or cryl m cry2. @yHKIIUKU eT0 eIlfe He BLISICHEHBI.

CprKTypa N MexaHU3m aKTuBaumnun

Crpykrypa. IIo 0cOGEHHOCTAM MOJIEKYJIAPHOTO CTPOEHUS U PALY
CBOIICTB KPUOTOXPOMBI oueHb O0su3ku K [IHK-dorommazam, HO He
npoasaaoT JTHK-poronrnasuoit aktusnoctu. JJHK-poTommassr —
9TO (hbepMEeHTHI, KOTOpPhIe yuacTBYIOT B BoccraHoByseHuu [IHK, mo-
Bpe:xkgennoit UV-B usnyuenuem. Kpunroxpomsr u JHK-doTomn-
a3bl TOTJIONIAIOT CHUHHUE cBeT m yJabTpaduoier auamazona UV-A.
ITomMmumo ynaBIUBaHUA CBETa KPUITOXPOMBI 00JIafat0OT CBOMiCTBAMU
CEPUH,/TPEOHUHOBBLIX KMHA3, CIIOCOOHBIX K aBTO(MOCHOPUIUPOBAHUIO.

AvuHOTepMUHANBHAA 00JIACTH MOJIEKYJBI KPUITOXPOMOB cryl
u cry2, ¢oronmasa-romosornuubiii paiion — PHR (photolyase
homology region) — cBassiBaeT HeKoBaeHTHO FAD, KOTOpHIiT BbI-
moJHsAeT GYHKIIUKM OCHOBHOTO CBETOYJIABJIMBAIOIEro xpomodopa,
a Tak’Ke mTepuH (uiu geasadiaBUH) — BTOPUUHBIN CBETOCOOMpA-
o1t xpomodop. Biarogaps HaIUUMio IBYX XPOMO(MOPHBIX I'PYIII
IVAaTa3oH IMOTJIOMIEHNA KPUIITOXPOMOB OXBATHIBAET 00JIACTU CUHETO
u UV-A cBera. KapO6oKkcurepMuHaIbHAaA YaCTh KPUITOXPOMOB cryl
u cry2 B OoJbIlieii cTemeHn BapuabesabHa, uem PHR-gomen u comep-
sKUT DAS-mMoTuBBI. OCHOBY MOJIEKYJIBI KPUITOXPOMAa Cry3 TaKiKe
cocraBager PHR-nomeH, omHaKo cry3 He mMeeT KapOOKCUTEPMU-
HaJILHOTO PaCIIUPEHUsA, XapakTepHoro mid cryl u cry2, a ¢ N-cTo-
POHBI MOJIEKYJIBI HAXOOUTCA KOPOTKUM curHanbabiil nentun (TP —
transient peptide), ompemenAmNINil XJIOPOMJIACTHYIO M MHUTOXOH-
IPUAJBLHYIO0 JIOKAJIU3aIluio PEelenTopa.

Mexanusm aktuBanun. Ha ocuoBe [THK-(dorosmasHoil peakium
OB TpeIJoKeH MeXaHW3M aKTHUBAIMU KPUITOXPOMA, KOTOPHIH
B IIeJIOM OBIJI HOATBEP:KIEH. B pesysbTaTe NIOTJOIEHUs CBETa
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XpoMO(OPHBEIMHU TpynnamMu MojieKkyaa FAD mepexoauT B BO30YK-
IEHHOE COCTOSHNE — CHUYKAETCS €€ OKUCIUTEIbHO-BOCCTAHOBUTE I b-
Hbii morennuaa (FAD HemocpeaCTBeHHO MOTJIOIIAET KBAHT CBETa
WV TPUHUMAET SHEPTHUI0 OT BO30Y KJEHHOr0o ITepuHa). B pesyib-
tate cHmKenusa OBII FAD TepseT s/IeKTPOH, KOTOPBIHM IIEPEHOCUTCS
Ha OEeJIKOBYIO 4acThb (hoTOperenTopa uepes OCTAaTOK TpumrodaHa
HA TUPOBUH. ITO COOBITHE COIPOBOMKIAETCA CMEINeHNEeM 9JIeKTPOH-
HO¥ ILJIOTHOCTH, BBI3BIBAOIIEH KOH(OPMAIIMOHHBIE U3MEHEHUS MO-
JEeKyJIbl KpUnToxpoma. MamMeHeHHe KOH(pOpPMAIUU CIOCOOCTBYET
CTUMYJIANUY KUHA3HOU aKTUBHOCTHU, KOTOpas IIPUBOAUT K aBTO-
¢dochopuInPOBAHNIO MHOMKECTBEHHBIX CaiiTOB Kpumroxpoma. dPoc-
(GOPUIUPOBAHHBIN KPUIITOXPOM HHTUOMPYET aKTHUBHOCTH YOUKBIU-
TUHUPYIOIel nporenHoBoit aurasdsl COP1 (puc. 23). Ciemyer 3a-
METHUTh, UTO PEryJIsiTOPHbIe MEXAaHU3MbI KPUITOXPOMOB U (DUTOXPO-
MOB YaCTUUYHO MepPeKphIBalOTCSa. YOuKBUTHHUpPYoIaa jguraza COP1
SIBJISIETCSI MUIIIEHBIO 000UX TPy (POTOPEIeIITOPOB, IOITOMY MHO-
rve CBeTO3aBUCHMbIe I'eHbl HAXOMATCS II0J] COBMECTHBIM KOHTPOJIEM
PelernTopoB KpacHoro u cuHero ceera. CBeTozaBucuMas aerpaja-

@ CVHWI CBET
TPaHCKPUMLUOHHbIN - TEMHOTa

dakTop

X
=

oG

COP1 (E3) COP1 (E3)
AKTUBHbIN HeaKTUBHbIN

S o°

e ‘,0
@~ e
CBETO3aBI/ICI/IMbIVI reH CBeT03aBI/ICI/IMbII2 reH
HEeaKTUBHbIN AKTUBHbIN

Puc. 23. YVuacTre KpUNITOXPOMOB B MeXaHU3Me€ AKTHUBAIIMU CBETOPEryJIH-
PyeMBIX Te€HOB
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s 0eJKOB JIEXKUT B OCHOBE PEryJIsiTOPHBIX MEXaHU3MOB KOHTPO-
JIUPYEMBIX KPHUITOXPOMaMu U (PUTOXPOMAMU.

B rtemuore aurasa COP1 yOMKBUTHHHPYET TPAHCKPUIIIHMOH-
HbIe aKTHUBATOPHI CBETOPEryJIUPYEeMbIX I'eHOB. MHOTrUe W3 9TUX re-
HOB yYacCTBYIOT B IIPOIeCCAX AE3THOJAINN, HAaIpuMep, bZIP-6emok
HY5 u ero romosor HYH (HY5 Homologue). K momoxuTensHbIM
peryasiTopaM CBETOBOT'O CHUTHAJIA, KOTOPbLIE PAa3PYIIIAOTCs B TEMHOTE
YOMKBUTHUH-3aBUCUMBIM CIIOCOO0OM, oTHOcHUTCsS Tak:ke bHLH-Gemox
HFR1 (long Hypocotyl in Far-Red 1). Ha cBery B peayJsbraTe cBe-
TO3aBUCUMOT0 (pochopuanpoBanua Kpunroxpoma aktusaocTsh COP1
perpeccupyeTcsi, a 9KCIPeCCUs CBETOPEryJIupPyeMbIX I'eHOB, HA000-
pOT, CTUMYJIUPYETCS.

2.3.4. Outoxpombli

Pa3Hoo6pa3ue 1 3HaueHne GpUTOXPOMOB

PuToXpOMBI ABJIAIOTCA PEIeNITOpaMu KPACHOTO/JaJbHETO Kpac-
HOTO CBeTa. JTO AUMepHbIe O0eJKH, COCTOSINNe, KaK IIPaBuUJoO,
U3 IBYX UAEHTUUYHBIX anmomporernHoB. Ka'Kablii 13 MOHOMEPOB KO-
BaJIEHTHO CBSIBaH C (PUTOXPOMOOMIMHOM — JIMHEHHBIM TeTPaIunp-
POJIOM, BBIMOJHABMIUM (GYHKIUU xpomodopa. CUHTETHUYECKUM
IpeaIIeCTBeHHUKOM (DUTOXPOMOOUINHA SABJISAETCSI I'eM (3aMKHYTBIN
TeTPaAIUpPpPOJI), KOJBIIO0 KOTOPOTO PasdMbIKaeTCA IIPU BCTPAUBAHUU
xpoMo(dopa B amompoTerH perenTopa. IIpu abcopOiimm KpacHOTO
(660 am) u manpHero KpacHoro (730 HM) cBeTa xpomModop HOaBEp-
raercsa obpaTuMoii ()OTOM30OMEPU3AIINH, IIPU KOTOPOU KoJabio D pas-
BopauuBaercsa Ha 180° orHOcuTenbHO ABOWHOI cBAsum y C-15
(puc. 24). Ucxonuasa ¢gopma GUTOXPOMA COAEPIKHUT XPOoModop
B Cl15-Z,anti xoudopmMamuu, KOTopas CIIOCOOHA IIOTJIOIIATEL Kpac-
HBIA cBeT. Takas ¢opma ¢puToxpoma cuuTaercs (PpU3UOIOTUUYECKU
HeakTuBHOU. Ilom melicTBueM KBaHTa KPaCHOTO cBeTa Xpomodop
nepexoaut B C15-E,anti roudopmanuio. [anHad GOTOKOHBEPCUS
OPUBOAUT K 00pa30BaHUIO aKTUBHOU (DOPMBI (PUTOXPOMA, KOTOPAs
cIroco0Ha MOTJIONIaTh JAJbHUUA KPaCHBIN CBET, IIOJ HelCTBUEM KO-
Toporo xpomodop BHOBHL mpuodperaer Cl15-Z,anti xouopmMamuio,
a QUTOXPOM, COOTBETCTBEHHO, II€PEXOIUT B HEAaKTUBHYIO (hopMy.
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duroxpombl 06o3HauaioT O0ykeoit P (or amri. phytochrome), B Hux-
HeM WHIeKCe YKAa3bIBAIOT CIHEKTP MOTJIOIIEeHUA B ITU(GPOBOM WU
OykBeHHOM Bujge. HeakTuBuyio ¢opmy (puToxpomMa 0003HAUAIOT
P, nnu Pgy,, moTOMy UTO OHA TOTJIOIaeT KpacHbIi (red) cBeT ¢ MakK-
cumymom 660 M, a akTuBHyI0 — P; maum P, (cooTBeTcTBEeHHO
far red u 730 uM). B pycCKOA3BIYHOM JuTEpPaATypPe TAKIKE TIPUHATHI
obozHauenua D, niu Dy, 119 HEAKTUBHON (HOPMBI HuUTOXpOoMa
u @, nm Py, AIa aKTHBHOM.

DuToxpomMbl CUHTE3UPYIOTCA de Nnovo B HeaKTuBHOI ¢gopme P,.
doromHBEepCUOHHBIN nepexon P, — P; BO3MOKeH TOJBKO IIOJ Ieii-
crBueM cBeta. O0paTHbI epexon P, — P, MoixeT ocyIecTBasaThCS
He TOJIbLKO TOJ] IeMCTBUEM MaJibHEro KPacHOTO CBeTa, HO U CIIOH-
TaHHO B TEMHOTeE.

dDoToxkoHBEPCUA XPOMO(GOPHON T'PYHIIBI IPUBOAUT K CYIIe-
CTBEHHOMY HU3MeHEHHI KOoH(popMaIliuu (PUTOXpOMa, YTO OTpaKa-
eTcs HAa KMHA3HOI aKTUBHOCTU pellentopa. PUTOXPOMBI CIIOCOOHBI
K TPAHCMOJIEKYJIAPHOMY aBTO(OCHOPUIUPOBAHUIO 1 (POCHOPUIUPO-
BaHUIO UHBIX cybcTpaToB. Ilyrem (ochopunmpoBanmsa peryaupy-
eTcs TaKiKe CTAa0MJIBHOCTL (pUTOXPOMOB. VdmMeHeHHe YpPOBHs (oc-

660 HM

—_—_—-
-
730 Hm,
TEMHOBas peBepcus

N

Benok-Cys,, : o Hﬁ— OH
C15-Z, anti C15-E, anti
HeaKTMBHasA aKTVBHaA
dopma dopma
duToXpOoMa, duToxpoma,
Pf (P660) Pfr (P730)

Puc. 24. NUsomepusanusa GUTOXPOMOOUINHA U M3MEHEHUe KOHMOpMaIuu
duroxpoma mop meiicrBuem cBera (mo Bae, Choi, 2008, ¢ usmenenusmu)
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dopunupoBanusi (pUTOXPOMOB IeaeT BOSMOKHBIM X B3aWMOJel-
CTBHUE C JPYTUMU PEryJSTOPHBIMU M (PYHKIIMOHAJIbHBIMU MOJIEKY-
gamu. Mogyadanus akKTUBHOCTU CUTHAJIBHBIX MAPTHEPOB (UTOXPO-
MOM CJIeLIYeT pacCMaTPUBATh KaK IEPBBIH IIar AeKOIUPOBAHUS CBe-
TOBOT'O CUTHAJA, MOTJIOIIEHHOI'0 3TUM PeIelITOPOM.
DUTOXPOMBI KOIUPYIOTCA HEeOOJbIIINM cemMeiicTBoM rexoB PHY.
B remome pacTeHUil KOOAUPYIOTCA HECKOJbKO PA3JIMUYHBIX (PUTOXPO-
MOB, KaK IIPABUJIO, B KOJUUYECTBE He MEHbLIIe TPeX. ¥ MOAEeJIbHOTO
Buga Arabidopsis, manpumep, nx mars: PHYA, PHYB, PHYC,
PHYD, PHYE. ¥V cocHbI ueThIpe (puTOXpoMa, y puca U THHKIO —
TpU, a y ToMaTa — ceMb. Pas3Hble (POPMBI (PUTOXPOMOB y OJ-
HOTO BHA PACTeHUS MMEIOT Pa3JMuHble MOJIEKYJSPHBIE CBOMCTBA
U (PYHKIIMHU, XOTS U YACTUUYHO IepeKphiBaromiuecsd. Haubosbimnue
CTPYKTYPHO-PYHKIIMOHANbHBIE OTJIUYNSA OOHAPYIKUBAIOTCI MEXKIY
¢doToaabuAbHBIMU U (OTOCTAOUIBHBIMU (puTOXpoMaMu. PoTocTa-
OunabHBIe (PUTOXPOMBI CIHOCOOHBI K 00paTUMOil (DOTOKOHBEPCHUH,
TO €CTh IIOJ BJUSHUEM KPaCHOTO M MaJbHEro KPACHOrO CBeTa Iie-
PEeXOIsT COOTBETCTBEHHO B aKTHBHYIO U HeaKTUBHYIO (opmy. s
GoToIabUIBHBIX (PUTOXPOMOB obOpaTtuMas (POTOKOHBEPCHUS He Xa-
pakTepHa. AxTuBHaA Gopma (GOTOJIAOUIBLHBIX (PHUTOXPOMOB KMMEET
HEeMIPOIOJIKUTEIbHBIN IIepuo CYIIeCTBOBAHUSA W IIOJ AeNCTBHEM
cBeTa OBICTPO paspyiiaeTcsa. HezaBMCHUMO OT KOJUUYECTBA BULOB (PU-
TOXPOMOB, KaK IIPABUJIO, ONUH U3 HUX ABJISETCA (POTOIAOMILHBIM,
a ocraygbHble (QorocTabmiabHbIMU. Tark y Arabidopsis ¢orTosabuin-
HBIM (uroxpomoM ABasgerca PHYA, a ocrambHbIe (hOTOPEIEITOPHI
(PHYB, PHYC, PHYD, PHYE) — ¢oTocTabunbubie (DpUTOXPOMOMBI.
PasnuuarmT Tpu rpynnbl GUTOXPOM-3aBUCUMBIX OTBETOB CO-
IJIACHO BOCIIPUHMMAEMOUN MHTEHCHUBHOCTU WPPASUAIINM, BBISHLIBAIO-
mei crenupuUecKy Peaxkiuio PaCTeHU.
1) VLFR (very low fluence response) — oTBeT Ha OY€Hb HU3-
KNI ypOBeHb MpPpaanalliii;
2) LFR (low fluence response) — 0oTBeT HAa HU3KWUI yPOBEHb
uppaguanum;
3) HIR (high irradiance response) — oTBeT Ha BBICOKHUI yPO-
BEHDb MpPpagUaIUU.
doronabunbubiii puroxpom A (PHYA) orBeuaer Ha oueHb HUB-
Kuii ypoBenb uppaauanuu (VLFR) u Ha BBICOKUI YpOBEeHb WHTEH-
cuBHOocTu maimbHero KpacHoro csera (FR-HIR). ®@orocTrabusibubie
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duroxpomer (PHYB, PHYC, PHYD, PHYE) omocpeayior cmeru-
¢duyecKue OTBETHI IPU BJIUSHUU CBETA HU3KOTO YPOBHS HMppaaua-
nuu (LFR) u BbIcOKOTO ypoBHA MHTeHCcUBHOCTU KpacHoro (R-HIR).

DuTOXPOM-3aBUCHUMBIE PeaKIl PACTeHHI BecbMa pasHoo0pas-
HbIe U CJIOXKHBIE, HO IIPU STOM MOKHO BBIJEJIUTH TPU OCHOBHBIE
FPYIIIBI PeakI[iii, KOTOPbIe PA3BUBAIOTCSA IIOJ BO3IefiCTBUEM CBeTa
OIIPeieJIEHHOI'0 CIEeKTPA Y MHTEHCHUBHOCTHU:

1) mouck cBera — obecrieumBaeTcsa HOTONAOMIBHBIM (PUTOXPO-

mom (VLFR u FR-HIR);
2) onTmMaJIbHOE MCIIOJIb30BaHMe cBeTa — (hOTOCTAOMIbHBIE (DU-
Toxpombl (LFR);

3) wusberaHue cBeta — (dorocrabuabuble huToxpoMbl (R-HIR).

DPUTOXPOMBI YUACTBYIOT B (DOTOMEPUOAUUECKUX PEAKIIUAX, II0-
CPeICTBOM KOTOPBLIX PEryanpyeTcs MHOMKECTBO MOP(OreHeTHUECKUX
MeXaHW3MOB pacTeHUu (IpopacTaHue CeMsAH, IepexXxol K IIBeTeHUIO,
co3peBaHUe ILJIOJO0B, MOATOTOBKA K CE30HHLIM HM3MEHEHUAM W IP.).
BaxkHoli (pyHKIEH (PUTOXPOMOB SIBIAIOTCSA PEryIANUS AedTUOJIS-
I[UY, IPUYEeM Y MHOTUX PACTEHHUI B 3TOM IIPOIlECCe YUACTBYIOT BCE
BUALI (puToxpomoB. ¥ Arabidopsis B MexaHm3Me JeITHUOJANNNA BELY-
HIYIO0 PeryaaTopHyo posb BeimoaHaoT PHYA u PHYB. Muorue pe-
aKIUU PeryaupPyoTca (PUTOXPOMAMHU COBMECTHO C KPUITOXPOMAMMU.

CTpyKTypa ¢p1uTOXpOMOB

B mMoseKysax UTOXPOMOB pasanyaioT JBa OCHOBHBIX CTPYKTYD-
HO-(DYHKIIMOHAJNLHBIX paiioHa: (hoToceHCOPHBIH N-KOHIIeBOII fOoMeH
u guMepusdanuoHHbIN C-KOHIEBOHM moMeH. DPOTOCEHCOPHBIA AOMEH
noxpasgensaior Ha P1, P2/PAS, P3/GAF u P4/PHY, a numepusa-
muoHuBI — Ha PAS-A, PAS-B u HKRD (histidine kinase-related
domain). Cpegu stux cyomomenos P1, PAS-A u PAS-B aBasaiorca
YHUKQJIbHBIMU PACTUTEJIbHBIMU CTPYKTYpPaMU, TOTJA KaK OCTaJb-
HBIe BXOIAT B COCTaB (PUTOXPOM-IIONOOHBIX OEJIKOB HEPACTUTEJH-
HBIX OpraHu3moB (puc. 25).

(DoToCeHCOpHDbIN paioH

Pl-momen mMeeT pasjimuyHOe 3HAUEHUE AJA OTAEIbHBIX (hopM
duroxpomoB. ¥ Arabidopsis yposeub (ochopunuposanusa P1l-mo-
MeHa omnpepgenger crabuarHOCcTs PHYA. ®@ochopunupoBaHHBIN
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mo P1 ¢puroxpom A BoBJIeKaeTCss B YOMKBUTHH-3aBUCUMBIN IIPOTe-
on3, Torma Kak gedochopunauposanue Pl yBeaumumBaeT CTaOUIL-
HOCTH MOJIEKYJIbI. B 9TOM moMeHe HAaXOAATCA aMUHOKUCJIOTHBIE
OCTaTKU, TIpeNHa3HaYeHHbIe i aBTo(hochopuanpoBaHuA (HaIpU-
Mep, cepuH-17), a TaKKe yUyaCcTKU, KOTOphIie (HochopUIUPYIOTCS
IPYyruMH KuHas3aMu (Hampumep, cepuH-7). [ida akTuBHOCTH (DOTO-
crabuiabaoro PHYB Pl-momen He urpaer CyIIeCTBeHHOI POJIH.

Homenst P2/PAS u P3/GAF aBnamoTca BBICOKO KOHCEPBATHUB-
HBIMU CcTpyKTypamMu. OHH (popMHUpPYIOT KOpP (POTOCEHCOPHOTO I0-
MeHa ¥ BBITIOJHAIOT PEIaloNlyi0 POJb B PEIeIIlUM CBeTa U Iepe-
Jade CBETOBOIO CUTHAJIA. OTU AOMEHBLI 00JaJal0T OUJINH-INA3HON
aKTHUBHOCTBIO, HEOOXOAMMON AJA JIUTUPOBAHUA xpoModopa K Iu-
cremaoBoMy octaTrKy P3/GAF-momena. B ornuume orT pacTuTesb-
HBIX (PUTOXPOMOB, y 0aKTEepHUOPUTOXPOMA XPOMO(POP IPUCOeTUHEH
K momeny P2/PAS.

Hovmen P4/PHY aBnseTcsa KOHCEPBATUBHBIM U BBINIOJHAET pe-
ryaaTopHyo QyHKINI. OH HeoOXOAUM IJisi TOHKOM HACTPOWKHU aK-
TUBHOCTU (puToxpoma. Uepesd 3TOT TOMEH PETryIUPYETCs CKOPOCTH
TEeMHOBOU KOHBepcuu (uToxpoMa (CIOHTAHHBIA Mepexol B HeakK-
TUBHYIO (hOpMY), CIeKTpPaJbHbIe CBOWCTBA, ANepHAsd JIOKAJIU3AIUI
U KUHa3Hasg aKTUBHOCTD.

®DoTOCEHCOPHBIN paroH 00JiafjlaeT TaKiKe CEePUH/TPEOHUH-KHU-
Ha3HOl aKTHUBHOCTHIO, KOTOpas HeoOXxomuma naJs aBTodochopu-
JUPOBaHUSA perentopa u ¢ochopuaupoBanus 6eIKOB — CUTHAJIb-
HBIX TTapTHEPOB.

Xpomodop

N
e
P3 ps
(DOTOCEHCOPHbI palioH [nmepun3aLMoOHHbIN paiioH

Puc. 25. Crpykrypa moseryasl duroxpoma (o Bae, Choi, 2008, ¢ usme-
HEHUSAMHN)
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Lumepu3aunoHHbIli paiioH

Hdomensr PAS-A u PAS-B y PHYB dopmupyioT nBa BasKHBIX
GYHKIIMOHAJBHBIX YyYacTKa, HEOOXOAMMBIX AJI TUMepU3aluu,
SAIEePHON JIoKaJIU3anuu 1 (GOPMUPOBAHUA AMEPHBIX TeJsel. ¥ (GhoTo-
aabunabHOro putoxpoma PHYA momensr PAS-A u PAS-B yuacTByioT
TOJBKO B 00pa30BaHUU NUMEPHBIX CTPYKTYpP, HO He MMEIOT CUTHA-
JIOB SIMEePHOM JIOKAJM3aIlUuU.

HKRD. Tounas pons HKRD gomena He ompeneneHa. ¥ HEKO-
Topeix (GuroxpomoB HKRD, BeposaTHO, yuacTByeT B 00pasoBaHUU
auMepoB (POTOPEIENTOPOB.

Humepusarus GoTosadbUIBHBIX U (POTOCTAOUIBHBIX (PUTOXPO-
MOB MMeEeT HEKOTOpbIe 0COO0eHHOCTU. POTOIA0UIBHBIN (PUTOXPOM
PHYA o6pasyeT TOJbKO TOMOLUMEPHbBIE CTPYKTYPBI. POTOCTAOMIIE-
HbIe yare o0pasyioT roOMOIUMEDbBI, HO TaKiKe CIIOCOOHBI U K TeTepo-
numepusanuu. CymiecTByeT JU OCOOBIN CMBICI B (DYHKI[MOHAJL-
HOM W PEeTyJIITOPHOM OTHOINEHUUW B (DOPMHPOBAHUU TOMOIUMED-
HBIX CTPYKTYpP, IIOKAa HE M3BECTHO.

AKTMBaLma GUTOXPOMOB 1 Nepefaya CBETOBOrO CUrHana

(BeTo3aBUCUMble U3MEHEHUA CTPYKTYPbl PUTOXPOMOB

B moiaexkyne HeakTuBHOTO (puToxpoma N- u C-KOHIeBBIe ua-
CTH MOJIEKYJIBI TeCHO KOHTAKTUPYIOT APYT ¢ apyrom (puc. 24).
BsaumopeticTBue ocyIiecTBJdAeTcA 3a cueT N-KOHIIEBOTO AOMeEHAa
P3/GAF u C-rouneBrsix PAS-A um PAS-B. Ilpu akTuBanuu B pe-
syJsbraTe (poTrokoHBepcum P, — P, B MoJiekyJie puToxXpoma IIpo-
HUCXOOAT 3HAUUTEJIbHbIe CTPYKTYPHble U3MeHeHUdA. B akTuBHON
dopme P, yBesmumBaeTcCs HOJIA O-CIHPAJBLHBIX CTPYKTYP (Ha 5%
6oJbllle IO cpaBHEHUIO ¢ P,). 9To cOmpoBOKAaeTCcsa Auccoliuarmeii
N- u C-KOHIIeBBIX UaCTeli, B pe3yJibTaTe Uero MOJIeKyJia mpuoope-
TaeT OTKPBITYIO CTPYKTYPY. 3@ CUET HTOr0 3HAUUTEJIHHO yBEJMUM-
BaeTcA ILIOIAAb, IPeIHABHAUEHHAA IJIA MEXMOJEKYJIAPHBIX B3a-
umoiericTBuil. PacKpriTre MOJIEKYJIBI (DUTOXPOMA MHAYIIUPYET II0-
CJIeNYIONINe CUTHAJIbHBIE COOBITHSA, KOTOPhIE HAIIPABJIEHBI HA pPe-
TYJAIUI0 IIPOIECCOB W B IIUTOILIAa3Me (HAIpmMep, ABUKEHUE XJIO-
pOILIacTOB), U B Axpe (MOZYJIAINA TeHHOHN sKcupeccuu). Tpamcio-
Kanua GuToxXpoMa B AAPO IIPEICTAaBIAET CO00M OAWH M3 BAXKHBIX
STAIOB CBETOBOI PETYJIAIU.
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NepeHoc GpuTOXPOMOB B AAPO

Monerynsapaas macca numepa ¢duroxpoma (240 xI) mHamHOTrO
npeBbIiniaeT maccy 0enxkoB (He 6osiee 40 K][l), cTOCOOHBIX CIIOH-
TaHHO AuGGYHIUPOBATL Uepesd AnepHble Mopbl. IloaToMy TpaHCJIO-
Kanusa (QUTOXPOMOB B AP0 SABJISAETCA dHEPro3aBUCUMBIM IIPOIIEC-
COM U OCYII€CTBJISIETCA IIPU B3aUMOJEHCTBUMU C IPYTUMU OeJIKaMU.
K Genxam, xKoTophlie obeclieurBaiOT IIepPeHOC OEJIKOB uepes3 siep-
HbIEe IIOPbI, OTHOCSTCS, HAIPUMEP, MMIOPTUHBI U IPYIIIa OOIIUX
KOMIIOHEHTOB, YUYaCTBYIOIIIUX B IlepeHoce: Majble G-0eJKH KJacca
Ran, RanGTPasa aktuBupyoinue OeJKu, HyKJeomopuH 50 u ap.
IToMmuMo OOIIMX KOMIIOHEHTOB, HEOOXOAMMO yuacTue craeruduue-
CKUX (haKTOPOB, B3AUMOIENCTBYIOIIUX C ONPEAeJIeHHBIMU BUIAMU
6eakoB (puc. 26).

dutoxpom B (PHYB) comep:ut GyHKINOHAIBLHBIA JOMEH sIep-
HoM jokanmsanuu NLS. ITpu aktusaniuu PHYB cBetom sToT yua-
CTOK OTKPBLIBAETCS W Uepe3 Hero PelernTop MOXKeT B3auMOeiCcTBO-
BaTh C UMIOOPTHUHAMU — (paKTopaMu, 00eCIeurBaIOIIUMU IIepe-
HOC B AIPO.

Moaexkyast PHYA, B orsinuuu or PHYB, He umenT TOMEHOB
ANEePHON JOKAJIU3aIluN 1 HEeCIIOCOOHBI HEeIIOCPEeACTBEHHO B3anuMOeli-
CTBOBATh C (haKTOpamMM TPAHCJOKAIINHU, TAKUMHU KaK WMIIOPTHUHEI.
Anepuaa goxanusanusa puroxpoma PHYA obGecrneumBaercs Geli-
kamu FHY1 (Far-red elongated Hypocotyl 1) u FHL (FHY1-Like).
Benku FHY1 (202 a/o) u FHL (181 a/o) comepskaT curHaa smep-
HOM Jokasmsdanuu (NLS) m curmaj, MCKJIOUAIONIUNA SAOePHYIO JIO-
kanmusamnuio (NES). Bnarogapsa stum curxHasiam gaHHbIe O€JIKU MO-
IyT MUKJIUYECKN TPAHCJIOIUPOBATHLCA B 00€ CTOPOHBI Uepes siiep-
Hble mopsl. Ermre oguu yuactox SRD (septin-related domain) mpen-
HasHaueH s B3auMomelicTBusa ¢ ¢puroxpomom PHYA B obGiactu
N-TepMUHAJIBHOTO IOMEHA, KOTOPBIH OTKPBLIBAETCSA B pe3yJbTaTe
(poTOoM30MepU3aAITUN.

B aape ¢puTOXpOMBI CBA3LIBAIOTCS CO CBOMMU MUIIEHIMU U MO-
IYJIUPYIOT UX aKTUBHOCTh. PYHKIIMOHUPOBaHIE (DUTOXPOMOB B sape
YacTO aCCOIMHPOBAHO C 00pasoBaHUEM SIePHBIX YACTHUI[, B KOTO-
pble BOBJIEKAIOTCA CILIAHCOCOMBI, TPAHCKPUIIMOHHBIE KOMILJIEKCHI
U WHble (QYHKIIMOHAJIbHBIE MOJEKYJIbl M MYJbTHMEPHBIE 00paso-
BaHUI.
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cTabunusauusa akTMBHOM Gopmbl yOUKBUTVIH-3aBUCManA ferpagauns
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(PAPP5)
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—————> (CBeToBoOIl 3pdeKT

Puc. 26. AxTuBanus, TPAHCJIOKAIINS U PEryJAINNsa aKTUBHOCTH (GhUTOXPO-
moB (o Bae, Choi, 2008, ¢ usmenenusmu).

YcaoBHBIE 0003HAUECHUA:

imp — mMOopTHUH;

ARR4 — peryasarop orBera A-tuna;

FHY1 — dakTop TpaHCJIOKaIUu;

PAPP5-— ¢duroxpom-acconuupoBauHas (ocparasa
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Perynm.wlﬂ AKTUBHOCTU ¢|/|Toxpoma

AKTUBHBIE (PUTOXPOMBI IIOBEPTAIOTCA PABHOOOPA3HBIM PETYJIs-
TOPHBIM 3(Q)deKTaM, KOTOPble HAallpaBJIeHbI Ha U3MEHEHUE ABYX OC-
HOBHBIX CBOMCTB (DOTOPEIETITOPOB:

1) cTabuIbLHOCTH AKTUBHOTO COCTOAHUA (CKOPOCTH CIIOHTAHHOTO

Imepexoia B HEAKTUBHYIO (DOPMY IIPU OTCYTCTBUU CBETA);

2) TPOROJIKUTENHLHOCTD CYIIECTBOBAHUA 0eJIKa (MHTEHCUBHOCTH

BOBJIEUEHUS MOJIEKYJ (DUTOXPOMOB B YOUKBUTUH-OIIOCPEIO-
BaHHBIA IIPOTEOIU3).

IlepBBIM 6enKOM, i KOTOPOTO ObLjla MOKasaHa CIOCOOHOCTH
B3amMoOeNcTBUA ¢ (puToxpomMoM B OBLI perynAaTop oTBeTa A-THIa
ARR4, KOTOpBIII CUHTE3UPYETCA IOJ NeNCTBUEM I'OPMOHA ITUTOKU-
HUHA U QYHKIIMOHUPYET KaK HeTaTHUBHBINA (haKTOp IUTOKUHUHOBOTO
cursana. ARR4 akTuBupyercsa B ABYKOMIIOHEHTHO! PETyJIATOPHOMN
cucrteMe, B pesyJabTaTe IepeHoca (ochOpHOII I'PYyNIIbI Ha KOHCED-
BaATUBHBIN OCTATOK acHaparvHOBOM KUCJIOTHI B MOJIEKYJIE PETyJisd-
Topa. B akTuBHOM (pochopunupoamuaom cocroaauu ARR4(P) cBsa-
3piBaeTcsa ¢ N-tepmuHaabHbIM yuacTkoM PHYB. ARR4(P) crabu-
ansupyetr akTuBHOe cocrtodHme PHYB, sHauuTenbHO 3amep:KuBas
TEMHOBYIO PeBepCUI0 (PUTOXpoMa.

duroxpom A (PHYA) ¢ dpochopunupoarubiMm P1l-momeHoOM cBA-
sprBaercsa ¢ oeskom COP1 (Constitutive Photomorphogenic 1). Be-
a0k COP1 comep:xut RING finger momen m ob6aamaeT cBoiicTBaAMU
YOUKBUTUHUPYIOIIEN npoTenHoBo# Jjurasdel. COP1l yOoukBUTUHU-
pyer aktuBHyI0 ¢opmy PHYA u BoBiexkaeT ee B 26S-3aBUCUMBIH
npoteosin3. CBaseiBanue ¢ COP1 npuBOAUT K CHUMKEHUIO aKTUBHO-
ctu curHajga PHYA myTreMmM cHMKEHUSA ero o0Iell KOHIIeHTPAI[UU.

duroxpom-accoriuupoBanuaa pocharaza PAPPS (Phytochrome
Associated Protein Phosphatase 5) cBaswiBaer P, dopmer PHYA
u PHYB u nedochopunupyer cuenupuuecKue caiThl, CTAOMIN3U-
pyd UX aKTUBHYIO (OpMY U IOBBIIIaA a(@@UHHOCTH (PUTOXPOMOB
K UX MUIIEHAM.

MopynAauua akTMBHOCTU MuLLeHel GuToxpoma

PuUTOXpPOMBI MOTYT HEIIOCPEACTBEHHO B3aMMOIeliCTBOBATh C MU-
IMIeHIMHU WJIU OIOCPEeIOBAHHO uepes3 peryJsTopHble Oenku. K cse-
TOPeryJupyeMbIM OeJKaM, KOTOPbIe HAPAMYI0 B3aMMOIEHCTBYIOT
¢ puTOXpOMaMM OTHOCSTCS TpaHCKpuniuoHusle (axtopsr PIF3
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(Phytochrome Interacting Factor 3) u PIF3-momo0ubie (haKTOPBI
PIL (PIF3-Like), yOUKBUTUHUDPYIOI[YIO IIPOTENHOBYIO JIUTa3y
COP1 u nuronnasmaruyeckuit 6e1ok PKS1 (Phytochrome Kinase
Substrate 1).

PIF3/PIL. Tpauckpunmnuounasie paxrtopst HLH-tuma PIF3
u PIL gBaAOTCA HeraTUBHBIMHU PETYJISTOPAMU CBETOBBLIX PeaKIUii.
duroxpomsl cBassiBaioT PIF3/PIL B pasubix yuyacTkax N-KOHIIEBOM
YacTh MOJIEKYJ (aKTOPOB Peryiasaliuu TpaHcKpumnmuu. Hampumep,
B moJiekyae PIF3 oOHapy:KeHBI JBa y4acTKa CBA3LIBAHUSA C UHIN-
puayanbueiMu uroxpomamu: APB (active phytochrome binding
motif; a/x 27-39) caswiBaerca duroxpomom B, a APA (active
PHYA binding motif; a/xk 193—-210) — ¢uroxpomom A. Hanuuwue
PaBJINYHBIX YYACTKOB CBSIBBIBAHUSA C OTHEJIbHBIMU BUIAMU (PUTOXPO-
MOB, BEPOSTHO, HEOOXOAUMO AJIA TOHKOW HACTPONKHU CBETO3aBUCH-
MBIX peakmuii. PUTOXPOMBI IIPU CBA3LIBAHUU CTUMYJIUPYIOT YOUK-
BUTMHHUPOBaHUE TPAHCKPUIIIMOHHBIX (hakTopoB PIF3/PIL c moce-
IVIOIUM X IpoTeoau3oMm 26S mporeacomoii. Ilpeamosiaraercss 4To
dutroxpomsl hochopunupyor PIF3/PIL, a 3areMm yOMKBUTUHUDY-
mas aurasa pacmosuaer PIF3/PIL B dochopuimpoBaHHOM COCTO-
SHUU B KauecTBe cyOctpara (puc. 27).

COP1. YoukButuHupymoIaa nporenHoaa auraza COP1 saBiusa-
eTCsI OMHUM M3 BaYKHBIX HEraTHUBHBIX PEryJIATOPOB CBETOBBLIX PeaK-
nuii. HerictBue COP1 HampaBiieHO Ha BOBJIeUeHNE B YOMKBUTHUH-3a-
BUCHUMBIN IIPOTEOJINS IIeJI0M IPYIIIhl TPAHCKPUIIIIMOHHBIX aKTUBATO-
POB — MOJIOMKUTEIbHBIX PEryJATOPOB CBETOBOTO CUTHAJA, HAIIPHU-
mep, HY5 (Long Hypocotyl 5§), LAF1 (Long after Far-red light 1)
u HFR1 (long Hypocotyl in Far-Red 1). B temHoTe sTu axTuBa-
TOPBI TPAHCKPUIIIUYU IIOABEPralOTCsA HAIPABICHHOMY Pas3pyIIEHUIO
26S mpoTteacomoii. Ha cBeTy akTuBHBIE (pOPMBI GUTOXPOMA peEIIpec-
cupyior COP1, B pesysbTaTe Uero ImposABISeTCA aKTUBHOCTh aKTH-
BaATOPOB U Pa3BUBAIOTCA CBETO3aBUCUMBIe peakiiuu (puc. 27).

KpaTkoe onvcaHne mexaHu3Ma CBeTOBOW aKTuBauum ¢puToxpoma

1. AGcopb6mus csera.

2. ®oroumzomepusaiuda xpomodopa.

3. Wsmenenume KoHMOpPMaAIUU MOJEKYJILI (DUTOXPOMA.

4a. CBaA3bIBaHUE C ITUTOIJIA3MATHUYECKUMU MUIIIEHAMU U MOXY-
JANUA UX aKTUBHOCTH.
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46. CeaspiBanme ¢ 0eJKaMu, 00eCIIeUNBAIOIIUMU IIePEHOC B AHPO.
5. Tpancaokamusa puToxpoma B SAPO.
6. CssAsbIBaHUE C AOePHBIMU MUIIEHAMU U MOIYJIAIUS UX aK-

TUBHOCTH.
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Puc. 27. Perynanusa akTUBHOCTU CBETOPETyJINPYEMBIX T'€HOB (DUTOXPOMAaMU



3. MEPEAAYA CUTHAJIA BHYTPU KNETKA

Ilepemaua curHajaa OT PEIENTOPOB, B 3aBUCUMOCTH OT UX THIIA,
MOKET OCYII[ECTBJIATHCA HEIIOCPEACTBEHHO HA IIPOMOTOP T'eHa WJIHN
Ha 9()(EeKTOPHbIE MOJEKYJBbI, a TaKyKe Ha MHOTOUYMCJIEHHBIE IPO-
MeKYTOUHbIe KOMIIOHEHThI BHYTPUKJIETOUHBIX CUTHAJIBHBIX CHCTEM.
KomMmmoHeHTHI, yuacTBYIOIIE B IlepeJaude CUTHAja OT PEIENTOPOB
K KOHEUHBIM MUIIIEHIM YPEe3BbIUAHO PasHOOOPa3HbI IO CTPYKTYPE,
CBOIICTBAM M MeXaHM3MaM TPAHCAYKIWU CUTHaJa. KpaTkue cBefe-
HUA 00 X HAasHAUEHUU U MPUHIIUNAX (PYHKIIMOHUPOBAHUSA ObLIN U3-
JIOJKEHBI B paszaesax « KOMIOHEHTHI CUTHANBHBIX cucTeM» u «CyIil-
HOCTh Ilepefauy CUTHaJa». B 9TOH yacTu OyAYyT OMKMCAHBI OCHOB-
HBbIe TPYINBl CUTHAJBHBIX MOJIEKYJ, UX CTPYKTYpa, CIOCOOBI B3a-
UMOJEHCTBUA C allCTPUM U JAYHCTPUM CUTHAJbHBIMU ITapTHEPAMU
U PeryasaTopaMu, MeXaHU3Mbl aKTHUBAIIUU U IepeJauu CUTHAJIA.

3.1. G-BEJIKA

OpHUMU M3 KOMIIOHEHTOB, OTOCPEAYIONUMU BHYTPUKJIETOUHBIH
curHaJ, ABJA0TCA peryaaropubie GTPasel, KOTopble TaKKe Ha3bI-
BatoT G-6enkamu. B coBoxymHOCTH G-0€KM — 3TO T'yaHWH-HYKJIe-
oTUACBA3BIBaOINE OesKu, obnamaromnirne GTPasuoii aKTUBHOCTHIO
¥ BBITIOJTHAIOIME B KJETKAaX pasHooOpasHble QYHKINU, HEe OTPaHU-
ymBaIuecsa peryaaropubiMu. OHM TPUHUMAIOT y4YacTue B TPaHC-
TopTe MaKPOMOJIEKYJI, OPraHU3aI[UN [IUTOCKeJIeTa, CUHTe3e OeJKOB,
o0pa3oBaHWM U TPaHCIOKAIUM Be3ukyJa. Cpemu MmHOKecTBa G-6€/IKOB
MOJKHO BBIJEJIUTH TaKyKe I'PYIIY CUTHAJBHBIX MOJIEKYJ, KOTODPbIE
MIPUHUMAIT yYacTHe B TPAHCAYKIINU BHYTPUKJIETOUHBIX CUTHAJIOB.

Curnanbuble G-0e/IK1, COTJIACHO UX CYyOheIUHUYHOMY COCTAaBY,
MOoApa3fesiAI0TCS Ha ABa THUIA: reTepoTPpHUMEpPHbIe U MOHOMEp-
Heie. B panHeil aurepaTtype, MOCBAIeHHON G-0eIKaM, 4acTo rere-
poTpuMepHbIe O0eJKU HasbiBaau cobctBeHHO G-Oenkamu 06e3 cooT-
BETCTBYIOIell CyObefNHUYHON XapaKTEePUCTUKU «TeTePOTpUMep-
HBIE€», TOT[Ja KAaK MOHOMEDHBIe MePBOHAYAJIBHO IMOJYUMJIN Ha3Ba-
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Hue Ras-6enkoB. JlaHHAA TePMUHOJOTHA ObLIa MOCTATOYHO «IKO-
HOMHOM» U BMeCTe C TeM, HOHATHO#. OZHAKO Iocjie TOr0 KaK BbI-
ACHUJIOCh, uTO Ras-0ejIKm — »TO Bcero JIMIIL OJSHO M3 ceMelcTB
OTPOMHOM TPYIIbI MOHOMepHBIX G-0eJKOB (B HacTosAllee BpeMs
BBIZIEJIAIOT IIATH ceMelcTB MajdbiX G-0eJKOB), BO um3berkanue IIyTa-
HUIIBI IIOSIBUJIACHh HEOOXOAMMOCTh KCIIOJIB30BATh TEPMUHBI reTepo-
TpUMEpPHBbIe U MOHOMepPHBIe (mau maJbie) G-0eJaKu.
I'yaHuH-HYKJIEOTUACBA3bIBAOINNE OEJKHN IIMHNPOKO PacIpocTpa-
HEHBbI B JKMBOM MUPE, HO IIPKA 9TOM HEPABHOMEDPHO IIPeICTaBJICHBI
y JKUBOTHBIX M pacTteHuii. IIpruem HamboOJbININE Pa3IUUYNA XapakK-
TEePHBI I cUTrHAJIbHBIX G-6enKoB. Tak, rereporpumepHblie GTPassl
B M300MJINN O0HAPYKMBAIOTCSA B KMBOTHBIX KJIETKAaX, a Y pacTeHui
OHU IIPUCYTCTBYIOT B MHUHOPHBIX KOJHMYECTBAX. ¥ JKUBOTHBIX OKOJIO
80% IepBUYHBIX MECCEH/KEePOB B3aMMOENCTBYIOT CO crermuduye-
CKUMHU DPeIelTOPaMU, COIPSIKEHHBIMU C rereporpuMepHbiMu G-6eJr-
Kamu. {1 pacTeHuil MHOrMe acleKThl YUaCTUA 9TUX MOJIEKYJ B CHUT-
HAJILHBIX MeXaHMW3MaX [0 CHUX IIOp HEelOHATHBI. Bo BCAKOM ciyuae,
rereporpumepubie GTPassl y pacTenuii, ecaiu 1 IPUHUMAIOT YUaCTHUE
B TPAHCAYKIINY CUTHAJIA, BPAL JU UMEIOT MEXaHU3M aKTUBAIlUU, aHa-
JIOTUYHBIN MEXaHU3MY Y *KUBOTHBIX. SHAUYMMOCTD reTePOTPUMEDPHBIX
G-0eKOB OJA KUBOTHBIX IIOATBEPIKIAETCSA O0MINEeM MIAeHTU(UIIU-
POBAHHBIX B reHOME MJICKOIUTAIOIIUX I'€HOB, KOAUPYIOIINX Cy0be-
muaunsl GTPas: 23 o-cybwpequuuisl, 5 B-cyowvenuuni, 12 y-cyobe-
OUHUII. ¥ pacTeHuii HaOOp IIOJOOHBIX TeHOB 3HAUNTEJIHbHO MEHbIIIE.
Hamnpumep, B remome y Arabidopsis o0Hapy»keH Bcero juib 1 res,
Komupyoomui o-cyovenuauny, 1 — p-cyobenmauny, 2 — y-cyone-
muHubl. Ha (hoHe TAaKOTro He3HAUYUTEJIHHOI'0 KOJIUUYECTBA IreTepPOTPH-
mepHbIX GTPas rens! manbix G-0eJIKOB B reHOMAaX PacTeHuil 00Hapy-
sKuBaroTcaA B msobmauu. Hampumep, B remome Arabidopsis mmenTn-
¢unuposano 93 rera. B peryaaTopHbIX U CUTHAJIBHBIX MeXaHU3MaXxX
y pacTeHuii Bemylas poJb IPUHAAJICKUT MOHOMepPHBIM G-6eIKaM.

3.1.1. TeTepoTpumepHble G-6enkn

Buepsrie G-6enKu ObLIM OOHAPYKEHBI IIPU M3YUEHUU MEeXaHU!3-
MoB (QyHKIuoHupoBaHua (TM perentopoB (uiu GPCR) y sxuBoT-
HBIX. PerenTopsl 9Toro KJjacca HEIIOCPEJCTBEHHO B3aNMOEeHCTBYIOT
¢ G-Oenkamu u mepenaroT yepes Hux curHaJ Ha adderropsi. GPCR
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u G-0eJKU y KUBOTHBIX Bcerga (YHKIIMOHUPYIOT BMECTe U SIBJIS-
IOTCS CTAHIAPTHBIMU CHUTHAJbHBIMU HmapTHepamu. Ilo sTol mpu-
yuHe 7TM-pemenTopbl Ha3bIBAIOT TaKiKe (-0€JI0K CONMPSIKEeHHBIMU
peuentopamu (GPCR).

G-0eJIKM COCTOSAT M3 TPEX PasJIUUYHBIX CyObemuHuI. Hambosnb-
mas mo pasmepy o-cyobenmuuma (40—-50 k]l) HempouHO cBs3aHAa
¢ numepoM By. CyOpequHUNEI 3 U Y UMEIOT MEHBINNEe MOJEKYJIAP-
Hble Macchl — cooTBeTcTBeHHO 35 KI 1 8 KI. CBA3L MexaAy HUMU
MOAJePsKUBAETCS TaKyKe 3a CueT CJAa0bIX CHJ, OMHAKO MIPHU pPas-
JUYHBIX (PYHKIIMOHAJBHBIX COCTOSHHUAX MOJEeKyJbl G-Oenxa nu-
Mep By Bcerga HaxoZWUTCS B acconmuupoBaHHOM Buje. Cy0beqUHUIILI
O U Y UMEIOT HOCTTPAHCIANNOHHbIE MOANMDUKAIINY B BUAE KUPHO-
KHCJOTHBIX WU M30MPEHOUTHBIX IPYIN. 3a CUET 3TUX JUMOPUIID-
HBIX TPYII O-CYyO'beAWHUIA U Py-AUMep He3aBUCUMO APYT OT Apyra
YIeP:KUBAIOTCA HA BHYTPUKJIETOUHOMN CTOPOHE ILJIa3MaJeMMbl U MO-
ryT oTAenbHO wiau B cocraBe G-Oenka JaTepaibHO muGPyHIUPO-
BaTh 1Mo membOpane (puc. 28).

B cTpykType 0-Cy0ObeqUuHUIBI €CTh I'YAaHNHHYKJIEOTU CBA3bIBa-
IOIUI IeHTP, B KoTopoM Mo:keT Haxoautbess GTP mau GDP. 9rtor
yuacToK Tak:ke o0aamaer GTPasubiMu cBoiictBamu. IIpu cBsizbIBa-
Huu GTP G-6es0K mmepexoquT B aKTHUBHOE COCTOAHUE (CIIocobeH me-
penasath curHai), a GDP-cBasanHasa ¢opma ABIAETCS HEAKTUBHOM.

CtpykTypa pasiauuHbix G-0eJKOB yHUKaJdbHa. B cocraB mHOU-
BuayanbHOro G-6eJKa BXOAUT KOHKPETHBINA HAabop n30()opM cyObe-
IUHUI[. ITO MIO3BOJISIET UM CIIeIn(pUIEeCKU B3anMOAEeCTBOBATD C CO-
OTBETCTBYIOIIIUMHU PEIeNTOPHBIMY U 9()(HEKTOPHBIMU MOJIEKYJIAMMU.

BzaumogeiictBue G-6enka ¢ G-0eJI0OK CONPSAKEHHBIMIU PeIeln-
TOpaMHU OCYIIeCTBJIAeTCA uepesd a-cyobemuuuny. C spdexropamu
MOTYT B3aMMOJEUCTBOBAThL KaK O-CyObeImMHUIIA, TaK U Py-TUMeD.

HMukna akTuBamuu. IIpu OTCYTCTBUM COOTBETCTBYIOIIETO BHEIII-
Hero curHaJja G-0eJOK HaXOAUTCA B TPUMEPHOM HEAKTHUBHOM CO-
CTOSTHUY, IPUYEM B I'YyaHUHHYKJICOTHUI-CBSI3bIBAIOIIEM CalTe O-CY0Dh-
enuHUILl pacmosgaraercss GDP. B pesyibTaTe perenimuu sKcTpakje-
TOYHOI'0 CUTHAJIa U3MEHAETCS KOH(MOPMAIINA PEIeNTOPHOro 0esKa,
a dTO, B CBOIO OUYepelb, BBIBBIBAET DS M3MEHEHUHN B COCTOSIHUU
G-0enka. Tepserca cpoacTtBo a-cyowrenuaunel ¢ GDP, mecTto KoTo-
poro zanmmaer GTP. B GosabimnHCTBe caydyaeB (HO He Bcerjga) ak-
TUBUPOBaHHBIN G-0€J0OK JHCCOIMUPYET HA JBe YacTH: O-CyOheau-
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HUIla OTHxensAeTca oT Py-guMepa. B smrobom ciayuae G-O6enok Haxo-
IUTCSA B aKTUBHOM COCTOSHIU, €CJIU O-CyObenmHuiia ceasana ¢ GTP.
OmgHAKO 9TO COCTOSIHME CPABHUTEJIBHO HEIOJrOBPEMEHHOEe, TaK KakK
a-cyobenuuuiia rugpoaunsyer GTP u mepexoauT B HeaKTHUBHOE TPH-
MepHOe cocTOosHue. Ecau peremnTop IPOMOJIKaeT BOCIPUHUMATH
BHEIITHUN cur=Haj, 7o G-0eJKH aKTUBUPYIOTCS CHOBA.

GTPasuasg aKTUBHOCTb O.-CyO'BeIUHUIbI 3aBUCUT OT PSALa BHY-
TPUKJIETOUHBIX (PAKTOPOB. BO-IEpPBBIX, aKTUBHOCTHb YCUJINBAETCSH,
KaK MIPaBUJIO, IIPU B3aUMOIEUCTBUU O-CyO'BeIUHUIBI ¢ dPPEKTOP-
HBIMH MOJIEKYyJiaMHu, Hampumep, ¢ gochoaumnaszoir C. Bo-BTOpwIX,

.--- @@ NUraH
» » A MeXKNneTouHoe
NPOCTPAHCTBO
A — nnasmanemMmma
yutonnasma
peuenTop

VWW

MM
AMAMN
VWW

»— &
GTP RGS  GDP GDP
o~ v

nepefayva cmrHana

Puc. 28. ITuka akTuUBAIUU reTepPOTPUMEPHEIX G-0eJIKOB.
YcioBHBIE 0003HAUEHUA:
RGS — peryasarop curnanusamnuu G-6eaxa
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CYIIIECTBYET OOJIBIIIOEe KOJIMUECTBO PEryasATOPHBIX 0EJIKOB, CIIOCOOHBIX
monyaupoBaTth GTPasHyi0 aKTUBHOCTE O-CyOBeIUHUIIBI. OTH OeIKU
orHOcaTcs K cemeiictBy RGS (regulators of G-protein signaling)
0eJIKOB — peryJaaropoB curxHaamsanuu G-6eaka. B ocHoBHOM, 9TO
HebosbIue OegKu, cocrodmniue n3 220 m MeHee aMUHOKMCJIOTHBIX
OCTAaTKOB, HO TaK’Ke OOHapyKeHbl BLICOKOMOJIEKYJsApHbie RGS
6eaxu (mo 1400 aMMHOKMCIOTHBIX OCTATKOB). ITU OEJIKU He TOJbKO
monynupyioT GTPasHyo akTUBHOCTE O-CyObemauHuIlbl. HeKoTopbie
W3 HUX YYaCTBYIOT B IlepeJaue CUTHAJa, MOCKOJbKY 00JamaroT
CTPYKTYPOIi, IIO3BOJISIOIIEN UM B3aMOIECTBOBATEL C IPYTUMU KOM-
MMOHEHTAMU CHUCTEMbI Iepefauy CuUTHaJa.

TpaHcayKIua curxaja Ha 3POEKTOP OCYIIECTBIAETCS O-CY0h-
equHUIEH niau Py-guMepoM, a B HEKOTOPHIX CIydYasX — I[eJIBIM TPHU-
mepoM, cBazaHHBIM ¢ GTP. ITockonbKy Hu (G-6€JI0K, HU €r0 COCTaB-
HbIe YaCTU He OTAeJAITCA OT ILJIa3MaTHUUYecKOoll MeMOpaHbl, dPeK-
TOPHBIE MOJIEKYJbI, akTUBUPyeMble G-0eIKOM, TaKkiKe UMEIOT MeM-
OpaHHYIO JIOKAJM3AaIlMI0 NI IIPUBJIEKAIOTCA K MeMOpaHe B IPOIlecce
akTuBanuu. BzaumogeiictBue G-6enkoB ¢ apPeKTopaMu IIPUBOIUT
K MBMEHEeHUI0 KOH(GOpMAIUU M aKTUBHOCTU TOCJETHUX.

Humepsl By He TOJIBKO PeryampyioT aKTUBHOCTH addexTop-
HBIX MOJIEKYJ, HAIPpUMep, Takux Kak (ochommnassr (PLA,, HeKo-
Topele n3odopmul (pochoaunaser C), monnsie xanaasl (K, Ca?"),
HO TaKiKe BBIMTOJHAIOT Apyrue QyHKIun. OHM 00ecneumnBaioT JOKa-
JU3AINI0, CBA3BIBAHUE U NEaKTUBAIIUIO O-CyObeIUHUIL, CTAOMIU3U-
PYIOT UX WHAKTUBUPOBAHHOE COCTOSHUE IIyTEeM MOHMMKEHUA YPOBHS
nucconuanuu GDP oT o-cy0beguHUIBI, PEryJIUPYIOT CPOACTBO pe-
IENTOPOB K AaKTUBUPYIOIINM WX JUTAHIAAM.

¥ KMBOTHBIX [y-Cy0ObeIMHUILI TeTepPOTPUMEPHBIX G-0€JIKOB CIIo-
COOHBI aKTHMBUPOBATH CIeNU(PUUECKUE MPOTEeMHKMHA3BI — KWHA3bI
G-6enok compsixkenHbix pementopoB — GRK (G protein-coupled
receptor kinases), KoTopnie (pocopminpyror MmoseKkyasl 7TM peremn-
topoB. K aktuBaruu GRK npuBoauT, Kak IIpaBUJIO, HU3KAA KOHIIEH-
Tpalus aroHNCTa, TO €CTh CJAAa0bLIli BHEIIHWU curHaj. KoBajieHTHas
Moau(pmKanua pernentopa myteM (pochopruanupoBaHUA IPeaOTBpAaIIaeT
nepemavy curxajia Ha 3G@eKTop 0 ABYM BO3MOKHBIM HTPUYWHAM:
1) ynmaseHUe pelenTopa ¢ IOBEPXHOCTU KJIETKU IIYTEM SHIOIIUTO3a;
2) cBA3BIBAHUE C MOJIEKYJIAaMU appecTuHa, KOTOPhIE PEIPECcCUpPIOT

CIIOCOOHOCTDH PeIlenTopa B3aMMOAEHCTBOBATh C JIUTAHIOM.
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3.1.2. MoHOMepHble (Mmanble) G-6enku

PasHoo6pa3une MoHOMepHbIX G-6enKkoB

MonomepHble G-0esIKu, MepBOHAYAJIBHO OBIJIN OTKPBITHI KaK
MPOAYKThEl Ras-IpOTOOHKOTE€HOB, aCCOIMHUPOBAHHBIX C CAPKOMOI
KpbIic (oTcioma abopeBuatypa Ras — rat sarcoma). Brocaenctsum
OBLIU BBISIBJIEHBI MHOTOUYMCJIEHHBIE MOHOMepHbIe Oenku ¢ GTPasHoii
aKTUBHOCTHIO, OJIM3KHE IO CTPYKTYype W MOJIEKYJAPHOU Macce
K Ras-Oenkam. Bce sTu OGesKu 00samaloT OrpaHUUYEHHON TOMOJO-
rueii (1o 30% ) u MMeT KOHCepBATUBHBLIE IMIOCJIEIOBATEJIbHOCTHU
aMUHOKUCJIOT, OTBETCTBEHHBIE 34 CBA3bIBaHUE r'yaHosuH(pochaTos,
GTPasuyoo akKTUBHOCTb M B3auMojeiicTBue ¢ sddexTopamu. MoJe-
KyJasdpHas Macca OOJIBIIIMHCTBA MOHOMEPHBIX G-0eJIKOB BapbUPYET
B npenenax 20—30 k/l. B HacrosAmiee BpemMsa CUMTAIOT, YTO MaJibie
G-0eKu ABIAAIOTCA 00A3aTeIbHBIMU KOMIIOHEHTAMU SYKapPUOTHUe-
CKUX KJIETOK U YYACTBYIOT B BaKHBIX PEryJATOPHBIX MeXaHH3MaX.
NaBecTunie mansie GTPaswl, corjiacHo UX aMUHOKMCJIOTHOM IIOCJIe-
IOBATEJBHOCTH U (QPYHKIIMSAM, PasmessdioT Ha IATh ceMelicTB: Ras,
Rho, Rab, Arf u Ran.

AxTusHOCTL IBYX cemeiicTB G-0enmxkoB — Ras m Rho — accoru-
UpOBaHa ¢ TpaHCAYKImell curnana. OcTaabHbIe BBIMOJIHAIOT CIIEIH-
(pruyecKmre KJeTOUHbIe (DyHKI[UU.

Benku cemeiictBa Ras He oOHapysKeHBI y PACTeHUN U HAWIEHBI
TOJIBKO Y $KMBOTHBIX.

Ras-0eIKM B KMBOTHBIX KJETKaX YYaCTBYIOT B CTUMYJAIIUU
KJIETOUHOI'0 JeJIeHUs, IIepegaBas CUTHAJ, IIOJYYEeHHBIH IPU CBA-
3pIBaHUY (PaKTOPOB POCTA COOTBETCTBYIOIIMMU peliernrTopaMu. Ras
OOBIYHO pAacCIIOJIaraeTcsl B I[EHTPE CeTH B3aWMMOIEHCTBYIOIIUX CUT-
HAJbHBIX MyTeH, TO eCThb MOXKET BOCIHPUHUMATH CUTHAJBLI OT He-
CKOJIbKUX PEIelITOPOB U, B TO K€ BPeMs, BIUATL Ha 0OJbIIIOE KO-
JUYECTBO IIOCJEAYIONINX CcOObITHII. XapaKTepHBIM I Ras aBis-
eTcsl aKTUBAIIUA PA3JUUYHBIX KUHA3, HAIPUMED, TAKUX KaK IIPoTe-
nuknHasa Raf miam docharuauanHo3nToN-3-KNHA3A.

B renome Arabidopsis BeisgBiaeno 11 rewos, xogupyioiiux Rho
Oesku. AT OEJIKM HECKOJbKO OTJIMYAIOTCA II0 CTPYKType oT Rho
0eJIKOB JKMBOTHBIX UM COCTaBJSIOT 000CO0JIEHHOE II0JCceMeiicTBO
Rho-nmomo6usix Geaxos pacrenuii — ROP (Rho of plants).
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Magsie G-6enku, He HecyIue CUTHAJIbLHON HArpysKM, B MEHb-
IIell CTEeIleHW OTJIMYAIOTCS YV PACTEHUIN U KUBOTHBIX. PYHKIMOHN-
poBaHmne Takux (G-0€JKOB CBS3BIBAIOT C yUYaCTHEM B cIenuduue-
CKMX (DyHIaMEHTaJbHBIX MeXaHU3MaX:

Arf — o0pasoBanme BU3HKYJ, B pacTeHuAX Arf OeJJKM BayKHBI
[JIS TIOJISIPHOI'0 TPAHCIIOPTA ayKCHHA, TaK KaK IPUHUMAIOT yJacTHue
B IlepepaclipefesieHnn ImepeHocumka aykcuHa PIN1 mexay muTo-
IJIa3MOM W IIJIa3MaJjIeMMOIi;

Rab — TpaHCIOpT M DOKHpPOBAHNE BE3UKY.JI;

Ran — mpajpux PHK u GenxkoB uepes sAmepHBIE TOPHI.

CurHanbHble MOHOMepPHble G-6enKu

Ras u Rho Genxku aBasitoTcsi MeMOPAHHBIMY TOBEPXHOCTHBIMU
OesKkaMu, KOTOPbIE YAEP:KUBAIOTCA Ha MeMOpaHe, IOJO0HO TeTepo-
TpuMepHbIM G-0enkaM, 3a cueT JUIOGUIBHONU TPyHObl HeGeIKO-
Bo¥i mpupozbl. Masbie G-0eJIKU ITOABEPTAIOTCA MOCTTPAHCIAIMOH-
HBIM KOBaJIECHTHBIM Momuduramuam. OnuH us cmocoboB MoauduKa-
UM He XapaKTepPeH IJid reTepoTpuMepHBIX G-0€IKOB: IO 3aBepIIe-
HUIO CUHTe3a ypasudercsa Tpu C-KOHIIEBBIX aMMHOKMCJIOTHI, a o0pa-
30BaBINUiiCA HOBBIM C-KOHEIl MOJUIENTUIHON e MeTUJIUPYeTC.
3aTeM K IUCTEeWHY TuUlepBapuabenbHOil C-TepMUHAIBLHON 06JacTu
IpucoefUHAETCA KUPHOKUCJIOTHBINA WJIM IIOJUIIPEHOBHIM OCTATOK,
KOTOPHII obecmeunBaeT CBA3L OeJIKa ¢ MeMOpPaHOI.

UccnemoBanme cTpyKTypbl Ras Oesika moxKasajgo Haludue ABYX
BBICOKOIIOABMIKHBIX YUACTKOB, HasBaHHBIX «switch I» u «switch II»,
KoTopble oKpyskamoT y-dochar GTP. IlomosxkeHme aTUX mocjenoBa-
TeJIBHOCTEH CYIIeCTBEHHO U3MEHAETCS B 3aBUCUMOCTHU OT TOTO, Ka-
ko#t us HykJeoTunoB (GTP uwiu GDP) mHaxomauTcsa B TyaHUHHYKJIEO-
TUICBA3BIBAIONIEM IleHTpe. V3dMeHeHUe KOHGOPMAIIUY MOJIEKYJIBI
BCJIEACTBYE CMeIeHus switch-mociegoBarenpHoCTEl CIIOCOOCTBYET
TIEPEKJIIYEHNI0 HEAKTUBHOTO COCTOAHUA MOJIEKYJIBI B aKTUBHOE,
u Haobopor. B ammHOTepMUMHANIBbHOU dYacTu G-0esKa PacCIOJIOKEH
Yy4acTOK B3amMoJelcTBUA ¢ apdexTopamu.

IIuka akTuBanmum MOHOMEpPHBIX G-0eakoB. MoHOMepHBIE
G-6esiKM, B OTJIWYME OT TeTEPOTPUMEPHBIX, HE B3aUMOJEHCTBYIOT
HEIIOCPEACTBEHHO ¢ pernentopamu. Ileperaua curaaia Mexgy HUMU
OCYIIIECTBJSETCA IIOCPEINCTBOM AJAlTEePHBIX MOJIEKYJ. B HeakTus-
HOM COCTOSTHUU B I'yaHUHHYKJIEOTUACBA3LIBatoIieM 1eHTpe G-6eaKa
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ceasama mojaerkyyga GDP. Crumynsamusa G-6enka myTeM B3amMOIel-
cTBUdA ¢ amantepamu cmocodbctByer 3ameHe GDP wa GTP (puc. 29).
AnanrepHble MOJIEKYJIBI, HEIIOCPEACTBEHHO B3aMMOEHCTBYIOIIIE
¢ maneiMu G-6esikaMy, Ha3bIBAIOT FYaHUH-HYKJIEOTHUI 00MEHNBAIO-
mue cdaxropsr (GEF — guanine nucleotide exchanging factor).
ITocne 3amennl ryamosuH@ocdaToB majblie G-0eIK1 N3MEHAIOT KOH-
dopMaIuio U MePexonsaT B aKTUBHOE COCTOSHIE, TO eCTh Ipuobpe-
TAIOT CIIOCOOHOCTEL PEeryJIMpPOBaTh aKTUBHOCTh CBOUX MuiieHei. Ilo-
mumo GEF B murJe aktuBanuu G-0eIKOB MOTYT y4acTBOBATL MHbBIE
peryJasaTopbl, IpUYeM He TOJbKO aKTUBATOPBI, HO M MHIMOUTOPHI
nmepemauu curHaja. IIpezmosaraercss yyacTue ryaHMH-HYKJIEOTH]T
mucconupymomero uaruouropa — GDI (guanine nucleotide disso-
ciation inhibitor). 9roT peryasTop ObLI O0HAPYIKEH IPU U3YUEHUU
MexaHusMa akTuBanuu Rab-6eakos. CyTh ero meiicTBusa 3aKJroua-
eTCsI B TOM, UTO OH CBSI3BIBAET JIMIO(MDUILHYIO I'PYIIIY HEAKTHBHOTO
GDP-cBasaunuoro G-0eska, B pesyjabTaTe Uero IIOCJEIHUI TUCCOIIU-

MEXKNEeTouHoe
NPOCTPAHCTBO

A § nnasmanemMmma

CUFHan —> GIP uuTonnasma
GDP GDP G=DP GTP
AN

nepefaya cmMrHana

Puc. 29. ITuks akTuBanuyu MOHOMEPHBIX G-GEIKOB.
YcaoBHBIE 0003HAUECHUA:

GEF — ryanuH-HYKJIEOTH] O0OMEHUBAIOIIUI (PaKTop;
GDI — ryaHuH-HYKJIEOTHU TUCCOMUPYIOMNI NHIUOUTOD;
GAP — 6enku, aktuupymoinue GTPasy;

E — mumens G-6enka
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upyet oT meMOpaHbl. ATUM citocoooM GDI msonupyeT HeaKTHUBHBII
G-06emok. AccormuupoBanubiii ¢ GDI G-6eJloOK He MMeeT BO3MOIKHO-
ctu B3ammogetictBoBaTh ¢ GEF (puc. 29).

NuaktuBanusa GTP-cBazanHoit (popMmbl G-0elKa OCYIIECTBJISA-
erca B pesyuabrare GTPasuoii pearkmuu. Ormiensnenue y-docdara
npuBoauT K obpasoBanuio GDP, u G-0enok, Takum oOpasom, Iie-
pexonuT B HeaKTuBHYI0O GDP-cBsazanuyoo dopmy.

GTPasHas aKTUBHOCTDH, 8 COOTBETCTBEHHO, I CKOPOCTL MHAKTH-
Banuu G-0esiKa He ABJIAIOTCA IIOCTOAHHBIMU. TaK, aKTUBHOCTD IIO-
BeIimmaercs npu B3auMmomelictsuu GTP-cBasanHoit ¢opmbl G-6enka
CO CBOeii MuIlleHb0. IIoMMMO 5TOT0, CYIIECTBYIOT CIEIHAaJIU3UPO-
BaHHBIE PETryJATOPHI aKTUBHOCTU. OHM HA3BIBAIOTCA 0EJIKH, aKTHU-
supyromue GTPazy unu GAP (GTPase activating protein). GTPas-
Hasa akTuBHOCTh G-0eakoB, cBsaA3aHHBIX ¢ GAP, yBeamumBaercs
MMATUKPATHO.

3.2. S0OEKTOPHbIE MOJIEKYJ1bl U BTOPUYHDbIE
MECCEHOXEPDI

IddexTopHbIe MOJEKYJIbI ABISIOTCA KOMIIOHEHTAMU CUTHAJb-
HBIX CHCTEM, KOTOPbIe YUAaCTBYIOT B 00pa30BaHUYM BHYTPUKJIETOUHBIX
HU3KOMOJEKYJIAPHBIX TTOCPEIHUKOB — BTOPUYHBIX MECCEHIKEPOB.
AdderTopEl — 5TO (PepMEeHThI, KOTOPbIe TPEUMYIIIECTBEHHO PACIIO-
JaraloTcA Ha MJIasMaTUYecKoii memMOpaHe, HO MOTYT MMETh ITUTO-
IJIa3MaTUYeCcKyo JioKaausanuio. B KauecTBe 3hGheKTOPOB MOYKHO
TaKKe pacCcMaTpUBaTh KaJIbI[MeBble MOHHBbIE KaHAaJbI.

BakHBIM cBO#CcTBOM 3(h(PeKTOpOB ABJSIETCA UX CIIOCOOHOCTH
YCUJINBATh CUTHAJ, IMOCKOJbKY UX (PDYHKIIMOHUPOBAHUE NPUBOLUT
K 00pasoBaHUI0 3HAUUTEJHHOTO KOJMYECTBA BTOPUUYHBIX MECCEH-
I’KepoB, IepefarlnuX CUTHAJ Ha AaJIbHEUIIne KOMIIOHEHTBHI CUT-
HaJbHBIX Iemeli. Takum oOpasom, ogHa sPPeKTOpHAA MOJEKYJa
IIOCPEeOACTBOM BTOPHMYHBIX MECCEHIEePOB MOMET BJIMUATH Ha aKTHUB-
HOCTHh MHOMeCTBa CHUTHAJIBHBIX ITIOCPEIJHMNKOB.

Cocrosanue s(ppeKTOPOB 3aBUCUT OT BHEITHNX CUTHAJIOB, HO aK-
TUBHOCTDH KaKJOr0 M3 HUX MOJYJIUPYETCS PasIUYHBIMU CIOCODaMu,
B 3aBHUCHUMOCTH OT KOHKPETHOTO TUla 3PPeKTOPHON MoaeKyabl. OHI
MOT'YT IIOJIy4YaTh CUT'HAJI:
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1) HemocpeaCTBEHHO OT PEIeNTOPOB;
2) omocpemoBaHHO uyepes3 O0eJKOBbIe KOMIIOHEHTHI CUTHAJBHBIX
cucTeM;
3) 1pu CBA3BIBAHUU IIEPBUYHOTO MeCCeHKepa (pelenTophi-Ka-
HaJohopMepsk);

4) mona BAUSAHWEM BTOPUUYHBIX MECCEHIKEepPOB.

AddpeKTophI-hepPMEeHTEl KOBAJEHTHO MOAU(PHUIIUPYIOT CyOCTpar,
00pasysa HUBKOMOJIEKYJISAPHBIE COeIUHEHUSA, BBIMOJHAMIOIINE DPOJb
BTOPUYHBIX MECCEHIKepPOB. BTopuuHbie MecceHaKephbl 001a7atoT
HECKOJBbKUMU BaKHBIMU CBOUCTBAMU. BO-TIEPBBIX, OHU XOPOIIIO
InhOYHIUPYIOT BHYTPU KJIETKU, & HEKOTOPbIe coeuHeHuA (HaIpu-
mep, NO) 1erxko mpoHMKAIOT B COCeqHUE KJETKU. BO-BTOPBHIX, 3TO
KOPOTKO KUBYIIHE COeTMHEHUA: OHU Pa3pyIiaiTcsa pepMeHTaTUB-
HBIM IIyTEeM WJM CIIOHTAHHO. B ciiyuyae MOHOB CYIIECTBYIOT MeXa-
HUBMBI, CIIOCOOCTBYIOIIE OBICTPOMY CHUMKEHUIO MX KOHIIEHTPAIIUU.

9dderTOp, CUHTE3UPYIOIUI MOJEKYJIbl BTOPUYHBIX TOCPEIHU-
KOB, U (DEPMEHT, CIOCOOHBINI pas3pyliaTh UX, COCTABJIAIOT B KJIETKeE
CBOEOOPAa3HyI0 aHTAaroOHUCTUUYECKYIO Imapy. IIpumMepoM TaKoii mapsl
MOTYT CJHYKUTh afgeHmaaTnukigasa (All) u dochonmacrepasa (PI).
Karanrurunueckasa akTuBHOCTh PO HalpaBjeHa Ha paspylleHUe
nukgnueckoro AMP (cAMP) — BTOpMYHOTO MecCCeHIKepa, KOTO-
puiit cuHTe3upyerca All. Otu dhepMeHTHI He TOJIBKO 00Jaai0T IIPO-
TUBOIIOJIO’KHBIMU CBOMCTBAMHU, HO MMEIOT TaKsKe IIPOTUBOIIOJIOKHBIE
cocoObl peryaanuu. Eciu afeHUJIATIIMKIIA3a aKTUBUPYETCA IPU
HOJIYyUYEeHUU ONpelleJIeHHOIr0 CUTHaja, TO (pocdoamscTepasa B 9TUX
YCJIOBUSA TepAeT aKTUBHOCTb. OHAKO KOTJa JAHHBINA CUTHAJ OTCYT-
crByet, To All murubupyercs, a @3, Hao60pOT, IMEPEXOIUT B aK-
TUBHOE COCTOsIHUE. IIPOTUBOIOJIOMKHO HaNpaBJeHHAA PETyJIAIIUS
AKTHUBHOCTU 3TUX (PEPMEHTOB ITO3BOJSAET KJETKe OBICTPO pearmpo-
BaTh Ha BHEIIHUWE YCJOBUS, TaK KaK CIIOCOOCTBYeT a(h(eKTUuBHOMY
CUHTE3y WJU Pa3pyIIeHWI0 BTOPUUYHBIX MECCEH’KEePOB TPU COOT-
BETCTBYIOIIUX YCJIOBUAX.

3.2.1. ®oconunasbl

Pochonunassl — 9T0 (pepMeHTHI, KaTaJIN3UPYIOIIUe TUAPOINU3
OIIpefieJIeHHBIX d(PDUPHBIX CBA3EH B MoJeKyJsax ¢ochoaunumos. Co-
TJIaCHO PACIOJOMKEHHUIO T'UAPOJU3YeMON CBA3W PAa3INYalOT IATh
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KJaccoB ¢ochonumnas (PLD, PLC, PLA,, PLA, u PLB). B KauecTBe
OTZeJILHOM TPYHIBI BBIAEIAIOT (DePMEHTHI, KaTaJINu3UPYIOIIe pac-

mierieHue an3o(ocoIunugoB — Ju3odhochoanIiassl.
CaiiTbl m TPOAYKTHI paciiernienusa (puc. 30):
e hochoaunaszer D (PLD) — repmumuanpuas dochosdpupuas

CBsI3b; MPOAYKTHI: (pocdhaTuIHAA KUCJIOTA W I'OJOBHAS CIIUPTO-
BasA TpyIma;

e dochonunassl C (PLC) — rumnepodocharuasa spupHasa CBA3b;
MPOAYKTHI: AUAIWJITJIAIEPOJ U (PochOpUINPOBAHHBIN CIIUPT;

e hochomunaser A; (PLA,) — sn-1 aunmasdpupHasa cBA3b; IPO-
OIYVKTBI: CBOOOAHAA KUPHaA Kucjaora u 1-i1mso-2-amuadocdo-
JIATIWT

docdonunasbl D
O=P-0O-
docdonmnasbl C ——cl)
|
H-CH,

nusodpocdonunasbl nusodocponunasbl

CH
ochonunasbl B I ochonunasbl B
C =0

dochonmnasbl A, o docdonmnasbl A,

docdonunug ﬂ» docdaTtnaHas KucnoTa + cnupT

docdonunug L Avauunravuepon + cnmpT—@
bochonunug _PB rnvuepon—(B)-CnnpT + 2 X1pHbIe KUCAOTbI

bocoonunug &» 2—a|.w|n—1—nm3o—rnmuepon—®—cnmpT+>K|/|pHaﬂ KucnoTa

docdonunug ﬂ» 1—aumn—z—nmo—rnmuepon—@—cnmpT+>KV|pHaﬂ Kncnorta

nusodocdonunug _lysoPLA_ rnnuepon—(@)-CcnnpT + X1pHasa KUCNoTa

Puc. 30. Caiirel getictBusa dochonunas Ha GOcHOIUIUABI U IPOSYKTHI pe-
AKI[IA
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e hochonunaser A, (PLA,) — sn-2 anmasdupHasa CBA3b; IPO-
OVKTBI: cBOOOAHAA :KUPHaAA KucjaoTa u l-amui-2-ausodocdo-
JIATINT

e dhochonunassl B (PLB) — sn-1 u sn-2 anuiasdupHbie CBS3U;
MIPOAYKTHI: CBOOOAHBIE KUPHBIE KUCJIOTHI U 3-(0ochOrainiepo.;

o jmuzodochonumnader A (lysoPLA) — sn-1 unu sn-2 anuiaapup-
Has CBS3b B MOJIEKYJIaX JIM30(PhoChOSIUINI0B; IPOAYKTEI: CBO-
OomHasd JKUpPHaAA KUCJA0TA U 3-(PocqorIniiepo.

B curmanbHBIX MeXaHU3MaX HamboJiee BaXKHBIMU SABJISIOTCA (hoC-
domumnaser C, D u A,. AKTUBHOCTh BcexX 3TuX (ocdoauIias mpuBo-
INT K 00pasoBaHUIO I[EJIOr0 PSa BTOPUYHBLIX MECCEHIKepOoB, yua-
CTBYIOIIUX B MOAYJSIINN aKTUBHOCTY KOMIIOHEHTOB KAaCKAaIHBIX
CUTHAJIbHBIX CHCTEM.

®ocdonunazbl D

Karanutuueckasa akTuBHOCTL (pochosmmmas D (PLD) mabaroma-
eTcsA Ha PasHBIX 9Talax OHTOreHe3a PACTeHWH M MMeeT BaKHOe 3Ha-
yeHUe MPU BO3AEHCTBUU IIMPOKOr0 CIIEKTPa abMOTUYECKUX U OUMO-
TUYECKUX CTPECCOBBIX (PaKTOPOB. PLD BBIOIHAOT IEHTPAJLHYIO
pPOJIb B CTPECCOBBIX PEAKIIMAX PACTEHHUH, B KOTOPBIX OIMOCPEIYIOT
meiicTBue cTpeccoBbiXx ropmoHoB (ABK, kacmonarta, sTujaeHa),
a Tak/Ke MPOAYKIIUIO STUX PeryIsaTOpPOB.

Dochosnunassl D paciiennaaoT TepMUHAIbHYIO (GochoadrupHYIO
cBA3b Qochomunupa. [IpoayKkramMu pacliierieHuss ABJISIITCA doc-
daruguaa xucyaora (PtdOH) u BomopacTBopuMAas roJioBHASA TPyIHa
(coupt) (puc. 31). AT pepMeHTHI 00Ja7aI0T YVHUKAJBLHBIM CBOIi-
CTBOM: B IIPUCYTCTBUU IE€PBUYHBLIX CHUPTOBBIX I'PYIII OHU MOTYT
nmepeHocuTh ochaTUINI HA CIUPTHI ¢ 00Pa3oBaHMEM COOTBETCTBY-
orux docharuaunankoroseii. IlogodHas 06paTUMOCTh KaTAJIU3U-
pyemoil peakunuu AJs APYyrux (ocdoannas He XapaKTepHa.

docdonunasa D

+ HO~(xonmn)
o
docdatngnnxonnH docdatnpgHan XONVH

Kuncnorta

Puc. 31. Peaknusa, karanusupyemas (ochonumnaszoit D
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CorsacHo cyOcTpaTHOH cremu(pUUYHOCTH U TPeOOBAaHUAM ABYX-

BAJIEHTHBIX MOHOB (pocosumassl D moapasaesioT Ha TPU TPYIIIEI:

1) o6bruabie PLD uMeroT MaKCUMAaJbHYIO aKTUBHOCTD TIPU MUJI-
JIuMOJIApPHOM KoHmenTpamuu Ca?" (20-100 mM);

2) momaudochonnosurua-sasucumsie PLD nanbosee akTWBHEI
npu MuUKpomoJiApHOoM ypoBHe Ca’" um cmenmumduuHbl K Qoc-
GaruguanHOo3UTONIIOIU(OoChaTaAM;

3) dochaTunuanuoszuTod-crenuduunsie Gochonunaser D aB-
naorea Ca’'-HesaBUCHUMBIMMU.

B pacrenusx mpeobaamaioT obbiunblie PLD. IloMmumo riiaBHBIX
TpexX KJacCOB, OCHOBAHHBIX IIPEMMYINECTBEHHO HA TpebOBaHUM,
nouos Ca?', PLD pasmensioT Ha TPYINbl COIVIACHO aAMUHOKMCJIOT-
HO¥ MOCJIeIOBATEJIBLHOCTH, aPXUTEKTYPE TeHOB U OMOXUMHUYECKUX
cBoiictB. Tak, y Arabidopsis Beigesneno naTs Kiaaccos: PLDa, B, vy,
8 u &. Boapmunacrso PLD, ugentudunuposanubix y Arabidopsis
U y IPYTUX BHUAOB pacTeHUil IpHHAIIe:xkaT K Kjaaccy PLDa.

ITonudochounosurun-sapucuMmbie PLD Obliu oxXapaKTepuso-
Baubl B Arabidopsis, a (ocharumnianaosuToa-cruenudpuuasie PLD —
B Catharantus roseus (KaTapaHTyC PO3OBBINi, B IIBETOBOJCTBE W3-
BECTHBINI 0OJIbIIIe KAaK OAapBUHOK PO3OBBIN).

Karamus. @epmenTsl cynepcemeiictea PLD rugponusyior P-O
CBSI3U IIyTeM ABYXIIAroBOM ITMHI-IIOHT PEaKI[UU, B IPOIlecce KOTO-
poii docharuama cHauasa mpucoenuHsaeTcsa K (GepMmeHTy (TO €CTh
BoBJeKaeTcAa Gocharuauii-hepMeHTHBIN TocpeqHuK). [asa HyKeo-
¢punapHOI aTaku (ocopHOIi rpynnsl cyocTpara (ocdoaumnassl D uc-
MMOJIb3YIOT KOHCEPBATUBHBINA OCTATOK TI'MCTHUIUHA.

Cyb6cTpaTHas cuenu(puIHOCTh. BOJBIIMHCTBO PACTUTEIHHBIX
PLD umMeoOT HIMPOKYIO CYOCTPATHYIO CIEMU(PUUHOCTDL, HPOSBJIAS
IIpU 5TOM IIPEAIIOUTEHUEe OIpelesieHHOMY Tumy cybcrpara. Hampu-
mep, PLDa, B u y yrunusupyoT dochaTuanixonnt, GochaTuguis-
TaHoJaMuH U ocharuguarauiepos. Ogaaxo PLDo cuiabHO oTinua-
ercst or PLDB u y mo Tpebyemomy yposuio Ca%*. Kpome Toro, PLDf
u v, B orauune or PLDa, rugposusyior Takke docharuguicepus
u N-amuadocharuguasrtanonamut. Hu ogra us Ca’"-3zaBUCHUMBIX
PLD me pacmiemasier ocharuamninHo3UTONI, GochaTuIUINHOZN-
ToJ1-4,5-gudochar u Kapguoaunud. Torga xak Ca?'-HeszaBucuMblie
PLD, mHao6opoT, TuapoausyioT (ochaTUguINHO3UTOJ, HO He Iei-
CTBYIOT Ha (pochaTuamaxoysuH u GochaTuanIdTaHOJIAMUH.
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AxTuBamusa. AxktuBHocTh PLD 3aBucUT OT MHOTHX (DAKTOPOB —
kounenrpanuun Ca?", munuzsoro cocrasa, pH, unosuToadochaTos
u ap. Hamubosee BaskHBIM (PaKTOPOM AJA OObIUHBIX PLD, riaBHbIM
obpasom gas PLDa, asiasrorca monsl Ca?t. Ha N-TepMuHAIbLHOM
y4acTKe MOJIeKyJI pactuTeabHbIXx Ca?'-zaBucumbix PLD pacmoJiosken
Ca?*/(pochonunua-cBA3bIBAIOIINN YIACTOK, HasbiBaeMblili C2-mome-
HOM. ITOT AOMEH THUIHNYEH TOJBKO IJs pactTurejbHbx PLD. Cssa-
spiBanue Ca’?" cmocoGeTByeT M3MEeHEeHUI0 KOH(POPMAaIil MOJIEKYJIb,
KOTOpOe HeoOXOAMMO IJis IOBBIIIIEHUS CPOACTBa (hepMeHTa K MeM-
OpaHHBIM JIUIIAIAM.

Mexanusm aktuBanmuu PLD mpenmosiaraerT cBA3LIBAHIE MOJIE-
KyJabl pepMeHTa ¢ MemOpanoii. PactBopumas ¢pakmusa PLD asisa-
eTcs HeaKTUBHOM. BaykHbIM (arkTopoM akTuBanuu PLD aBasioTcs
ocummnanuu Ca?'. Monsr Ca?" moseimaror apdunrocts C2-momena
K MeMOpaHHBIM (ochonaunugam. Cunuraercs, uro umeHHo C2-mo-
MeH SIBJISETCS OTBETCTBEHHBIM 32 BHYTPUKJIETOUHYIO TPAHCJIOKAIIUIO
PLD. Ycunenwue cBsasbiBanusa PLD ¢ MmemOpaHaMu MOJKeT IIpeACcTaB-
JATHL cO00 OBICTPBIN M PAaHHUM STal aKTUBaAIuU (PepMEHTa B ycC-
JIOBUSIX CTpecca.

WccnemoBanme ypoBHSA SKCIIPECCUU T'€HOB IIOKA3aJ0, YTO pPas-
anunble n3ogopmbl PLD mMeoT HeogmHaKoOBOe 3HAUEHME B CTpPecC-
COBOM OTBeTe. B yCIOBMAX HEZOCTATOUHOTO BOMAOCHAOKEHUS CTH-
myaupyercs skcupeccuss PLDo. 9xcropeccuss 1 aKTUBHOCTDb IPYTUAX
BumoB PLD mpu BomHOM cTpecce He mameHsercsa. IIlpu mMexanmue-
CKOM IOBpeKAeHUU JucTheB Arabidopsis BospacTaer sxcmpeccus
reroB PLDf, PLDyl u PLDy2, torza kaxk aktTuBHOCT, PLDo BO3-
pacraeTr 3a CUeT IOBBIMIEHUSA aPOUHHOCTH MIPEACYIIEeCTBYIOIIEro
¢depmeHTa K MeMOpane. OTHOCUTEJIbHBIN YPOBEHb SKCIIPECCUU Pas-
anuablx PLD ornnuaerca y Arabidopsis mpu Bo3geficTBUM HOHU-
JKeHHOU TeMIlepaTyphl, TAMKeJIbIX MEeTAJJIOB, COJIM, 3aCyXU, a TaKiKe
cTpeccoBbix ropmouoB ABK u sxacmoHOBOI KucioTel. Kpome Toro,
oxuu PLD Bcerga mpucCyTCTBYIOT B KJETKaX, a APYrue SABJISIOTCS
UHAYITUPYEMbIMU.

Ilepemaua cursama. IIpoagyKT KaTaluTUUYECKON aKTUBHOCTU
PLD — dochaTuguas KucjIoTa — MOAYJIUPYET aKTUBHOCTL MHOMKE-
cTBa MuilieHei. @ochaTuagHas KHUCIOTA B3aUMOIEHCTBYET He TOJBKO
¢ MeMOpPaHHBIMYU MUIIEHAMHN, HO U CIOCOOCTBYET CBS3BIBAHUIO
¢ MmemOpaHAMM MHOTHX ITMTOILJIadMaTHUecKux 0eakoB (puc. 32).
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dochatnann- docoatngHan
XOMNVH Kncnota
/‘ ‘ 5 nepepava
curHana
XOHI/IH aKTMBHbII/I

6enoK-MuLLIEHD
HeaKTI/IBHbII/I

6enoK-Mu1LLEHD

Puc. 32. Ilepemaua curHaia uepes (pochoanmnaszy D

K mumensam dochaTuaHolt KUCIOTHI OTHOCATCSA ITPOTEUHOBBLIE
U JUOUIHBbIE KUHAa3bl, (pocdarasdsl, hocdoainiiasdbl, HOHHbIE KaHAJIbI
U aKTUBHBIE TPaHCMeMOpaHHbIE IEPEHOCUYNKM, HATIPUMED, aBTOUH-
rubupyembie Ca?"-ATPaspl. @ochaTUaHON KUCIOTON aKTUBUPYETCSA
tdbocharnanmnnosuron-4-pocdar-5-kmaaza — GepMeHT, KaTaIu3u-
pyromuii oopasoBanue GochaTuaUINHO3UTOI-4,5-1udochara. [aH-
HOe coeIMHEeHUE SIBJIAETCA CyOCTPATOM U IIPU 3TOM TJIABHBIM (DaKTO-
poM akTuBanuu moanGochONHO3UTU-cienpuuHbIX (hochonunas C.
Takske cumraior, 4To (ochaTuaHad KHUCIOTA CIIOCOOHA HEIoCpe[-
CTBEHHO B3amMozeicTBOBaTh ¢ (hochosmmnazamu C u A, m MomyJiu-
poBaTh UX aKTUBHOCTb, BJIUAA Ha WHTEHCUBHOCTH CHTE3a HU3KOMO-
JEeKYJIAPHBIX PeryiaaTropoB. Takum odopasom, aktuBanus PLD u mo-
caenyioiiee oopasoBanre (PochaTUIHON KUCJIOTHI IIPUBOAAT K CTH-
MYJIMPOBAHUIO CUTHAJIBbHBIX CHCTEM, OMOCPEeNOBAHHBIX (hocdosuIia-
damu C u A,, B TOM uUmucJie OKTaJeKaHOUIHOro NyTu (CM. majee).

PLDo umMeer pemiaioiiee 3HaUeHNE B PeryJaANNN 3aKPLIBAHUS
ycrbull, naaynupyemoro ABK mpu BogHOM cTpecce. B sambIKaio-
mux KjaeTkax ABK aktusupyer PLDo, a o6pasymooiiascsa IIpu 9TOM
dochaTugHad KHUCIOTA PETYIUPYET AAJbHENIne COObITU, KOTOPbIe
OPUBOAAT K MHIMOMPOBAHMIO HorJjomapmux K'-KaHaaoB U 3aKpPhI-
BaHUIO YCTHUII.

®ocdonnnazbl C

Dochoaunassr C (PLC) rugpoausyior rauiepodochaTHyIo aup-
HYIO CBs3b ()OCGOUIHUIOB B IIPOIlecce Yero o0pasyoTes AUAIUJITIIN-
nepos (IIAT) u cBobomHas ochopuINpoOBaHHAA T'OJOBHAA I'PYyIIIa
(puc. 33).
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®Pochonumnassr C ABIAAIOTCA ITUTOIIA3MATUYECKUMU MOHOMED-
HbIMU OesxamMu. MoJeKyJApHbIE CTPYKTYPhI PA3INUYHBIX U30(hOpM
UMeIOT CXOIHBbIe U YHUKAJIbHBIE uepThl. Ha N-KOHITaX IMOJIUIEeNTH -
HBIX Ilemeli Bcex (oconaunasd C JoKaIM30BaHbl YUaCTKH, HE00XO-
IUMble IS mpucoequHeHmsa depmeHTa K MemOpaHe. C-KOHIeBasA
o0sacTh o0ecmeunBaeT AOIOJHUTEJIbHBIE YUACTKU CBASLIBAHUS MO-
JEeKYJBbI ¢ MeMOPAHOU W BBIMOJHAET PETryJAsaTOPHBbIe (QYHKIIUU —
yepes Hee OCYIIECTBJIAETCA B3aMMOAEHCTBUE C PEryJIATOPHBIMU GeJI-
Kamu. /[[Ba KOHCEepBATUBHBIX JOMeHa (hopMupyioT B MoaeKkyaax PLC
KaTaJluTUYeCKUN IeHTp. [IpuuemM 5T JOMEHBI MOTYT OBLITH PacIio-
JIOJKEeHBI OJIM3KO APYr K APYrYy WJIU pasdmesieHbl OOJBIION aMUHO-
KHCJIOTHOM ITOCJIEIOBATEILHOCTHIO, KOTOPas BKJIIOUAET YYaCTKU, He-
00X0MMbIe IJI CBSA3BIBAHUS C PEryJIATOPHBIMU OeJIKaAMU.
CoraacHo cyoctparHoi cunenuduunocTy U Gyariun PLC MmoxHO
MOAPA3IeJINTh HA TPU TPYIIIIHI:
1) mommdochounosutna-cunemupuunsie PLC rugponausyioT doc-
dpaTuanInHO3UTOITOIU(OCHATHI;
2) mnecmenuduunsie PLC nmelicTByroT Ha dochaTugmaxoamH
u pan apyrux gochoaunugos (Tak Kak (pepMeHThI 3TOI
TPYONObl IPEUMYIIECTBEHHO PAacCIIeNJaArT (GochaTuauirxo-
JUH, UX TaKKe Ha3bIBalT (PochaTUIUIXOJNH-COeInupuy-
ueie PLC);
3) raukosuadocharuguauaosuroi-cunenuduunrie PLC (GPI-
PLC) ormiemnaoT 6enKu (TIUKONPOTENHBI), 3aAKOPEHHBIE
Ha MeMOpaHax C IIOMOIIbIO IVIMKO3UAHBIX CBA3ell uepes (oc-
daruguanaosuTos. GPI-sasxopeHHBIE OEJIKU ABJISIOTCA SKC-
TPAKJIETOUHBIMU U (QYHKITMOHUPYIOT B KauecTBe (DepMEHTOB
(dbocharassl, HUTPATPEAYKTA3bI), PEIENITOPOB, B3aMMOIEMH-
CTBYIOIIIMX C 9KCTPAKJIETOUHBIMU JIUTAHJAMMY, UJIN MATPUKC-
HBIX 0EeJIKOB KJIETOUHOI CTEHKU (apabmHOTaJIaKTaHIPOTENH).

®
docdonunaza C
g totmmnc Y&
\ W )
)

docaTnannnHosuTon- Anauunrnvuepon NHO3UTON-
-4,5-pudocdar -1,4,5-Tpudocoar

Puc. 33. Peaknusa, karaausupyemasa ocdonumnaszoit C
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Cpenu dochoaunas C momudochounnosuTug-cuenupuuabsie PLC
(PI-PLC) sanmMarT IEeHTPAJbHOE IMOJOYKEHWEe B CUTHAJIBHBIX Me-
XaHU3MAaX.

Monudocdponnosntua-3asucumbie pocdponmnasbi C

Perynsauusa aktuBHoctu. Bee pacturensubie PI-PLC comepsxart
nmomenbl X (=170a/k) u Y (=260a/r), HeoOxomumblie aad docdo-
3CTEePasHOM aKTHUBHOCTHU, a Takske C2-momen Ha C-TepMUHAJIBLHOM
y4acTKe MOJIEKYJIbI, depe3 KOTOPHIi ocyimecTBiaderca Ca?'-zaBu-
cuMoe cBA3bIBaHUE (pochopuaIupoBaHHBIX (opM (ochaTuIUINHO-
suToJyia. B mosekyie pactutenbHbiXx PI-PLC momumo KaramuTuue-
CKOIO IIeHTPa HET WHBIX CIEIIUAJIU3UPOBAHHBIX YUYACTKOB JJIs CBS-
3bIBaHUSA ¢ MeMOpaHoii. [[OMOTHUTEIbHBIMY YUACTKAMU B3aUMOIEli-
crBusa PI-PLC ¢ memOpanaMy MOTYT COAYKUTh MEMOPAHOCBA3AHHBIE
CUTHAJIbHBIE MOJIEKYJIBI, Yepe3 KOTOPBbIE OCYIIECTBJSAETCS aKTUBAa-
OUdA W Peryadlud aKTUBHOCTH (pocdoiumnas.

Pacrurensasie PI-PLC — Ca?"-zaBucumsble (pepmeHTbI. VOHBI
Ca?" HeoOXOAMMEBI He TOJBKO IJIA 3(PPEeKTUBHOIO CBA3BIBAHUA (Pep-
MeHTa ¢ MeMOpaHOIi, OHM TaK:Ke BJIUAIT Ha Karaams. B Kjer-
Kax pacreHuil obmapykena axtuBHocTb PI-PLC, accomumposau-
Hadg ¢ MemOpaHaMu U B pacTBopuMoil dpakmuu. [lyia mepBoil xa-
paKTepHa aKTUBHOCTH IIPU MUKPOMOJSPHBIX KoHIeHTpamuax Ca?*,
a IJIS BTOPOH — IIPU MUJJIUMOJSAPHBIX. JTa 0COOEHHOCTH SBJISA-
eTcs J0KasaTeJbCTBOM TOro, uTo aktuBHOCTh PI-PLC momynaupy-
eTcs, IIOMHMO BCEro, CyOKJIETOUHOH Jiokausamueil gpochoaumnas C.

B mexanuame perynanuu axktuBHocTu PI-PLC BasKHBIM sABIIS-
eTcA IOJAep:KaHUe OIIPeJeeHHOTO YPOBHA PAl3JIMYHBIX M30(opM
aTuX ()ePMEHTOB B TKaHAX. B PasHBIX TKAHAX HAOJIOTaeTCs CO-
oTBeTCTBYIOIMEe 00pasiibl skcupeccuu rexos PI-PLC. Kpome Toro,
renbl, kogupymwoinue PI-PLC, nuddepeHinaibHo 9KCIPECCUPYIOTCS
IIPU COOTBETCTBYIONIUX BHEITHUX ycJa0BUAX. Hampumep, Impu 3acyxe
B JIUCTBAX KapTodeasa ypoBeHb TpanckpunToB PLC1 monm:kaercs,
PLC2 mnosrnimaercsa, a PLC3 ocraercs Hen3MeHHBIM.

DocoaTuaMNMHO3UTON U €70 NPOU3BOJHBIE

ITonudochonnosuTua-3aBucumMbie ochounasbl C pacIienIaioT
pasubie BUALI (pochaTuananHo3UTUA0B. He Bce aTu cydCcTpaThI
UMeIOT CUrHajbHOe 3HaueHue. PAn epMeHTOB, KOTOPbIEe KOHTPOJIU-
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pyroT cuHTe3 U (pochopuiupoBanue PochaTUuIUINHOSUTOJIOB, Clie-
IyeT paccMaTpUBATh B KAUeCTBe CUTHAJbHBIX dH3WMMOB, ITOCKOJBKY
OT MX aKTWBHOCTHU 3aBUCUT KOHIIEHTPAIINA IIPEIIeCTBEHHNKOB BTO-
PUYHBIX MECCEHI)KEPOB, a CJIeoBaTeIbHO, 3(GEeKTUBHOCTh CUTHAIb-
HBIX MEXaHW3MOB.

Cunre3 nHo3utoaa u dochaTnauanHo3uTONa. B pacTeHusax oo-
HapyKeHO NEeBATHh CTePEOU30MEPOB IIECTUATOMHOTO IMUKJINYECKOTO
cnupra nHo3uTosa. CaMbIil paCIPOCTPAHEHHBIN U3 HUX — MUO-HHO-
3UTOJI. ITOT U30MEP BXOIUT B COCTAB MEMOPAHHBIX JIUIIUIOB U AB-
JIsIeTCA OCHOBOII CUTHAJILHBIX MHO3UTOJI(DochaToB. CUHTE3 MUO-THO-
3UTOJIA OCYIIECTBJIAETCS W3 TUIIOK030-6-hochara. CHavama MuUO-UHO-
a3uTtos-1-dochar-cuurasa (riamw0Ko30-6-dochar-1uKI0aTBI0Ia3a) Ka-
TaIu3upyeT oOpasoBaHue MUO-UHO3UTOJI-1-pochara, KOTOpPHIH 3a-
TeM gedochopuanpyeTcs MHO3UTOJI-1-pochaTazoii 10 MUO-MHOIU-
Tosa (puc. 34). Ilox meiictBuem (dochaTUAUIUHOZUTO-CUHTASHI
MUO-THO3UTOJI BKJIOUaeTca B cocTas dhocharuguaunosuroaa (PI) —
HOJISPHOTO MeMOpaHHOro Jununa. B sToit peaxknuu gocharugHas
KHCJIOTA TMEePEHOCUTCA OT AUAIUJITJIUIEPOJI-MuTuAuIgudochara
Ha MUO-UHO3UTOJ. 3aTeM (pochaTUIAUINHOSUTOI IIOABEepPraeTcsa Ko-
BaJIEHTHBIM MoaupuUKanuaM nyteM (ochopuaupoBanud u aedocgdo-
punupoBanus. @ochopunaupoBarubsie popmbl PI pacirennsiores cur-
HaJbHBIMHU TT0JUGOCHONHOBUTUI-3aBUCUMBIME (hochonunazamu C.

Moaunduramus ¢ochaTuanaInHo3uToNa. VIHOSUTOIHLHOE KOJbIIO
dochaTuguanHO3UTOIA (PochopUInpyeTca IO HMOJOKeHuAM 3, 4
u 5 crnenudpuueckumu KuHasamu. CybcTpaTHas crnenu(PUUIHOCTD
9TUX KHHAa3 WM HaOOPBI IPOAYKTOB (hochopuINpPOBAHUSA ¥ PACTeHUIT
U JKUBOTHBIX B HEKOTOPOM OTHOIIIEHWU CXOMHBI, OMHAKO He SBJIS-
eTcs aOCOJIIOTHO UAeHTUUYHBIMU. Hampumep, y pacreuuii gocdaru-
IUJIUTHO3UTOJ MOYKET OBITh OMHOBPeMEeHHO (hoCchOPUIUPOBAH TOJIHKO
IO ABYM IIOJIOKEHUAM (TIpemmyIiecTBeHHO 4 u b unau 3 u 5), Torma
KaK B KJETKaxX JKMBOTHBIX IPUCYTCTBYIOT TPUMKIBI (PochOoPUInPO-
BaHHBIA PI mo mososkenusam 3, 4 u 5. Bropoe pasiauune 3akJoua-
eTcs B TOM, YTO Y PAaCTEHUUN WMHOBUTOJI II0 HOJIOXKeHuio 3 docdo-
pujupyeTrcd TOJbKO B cocTaBe (ochaTUAMINHO3UTOJA, HO HE ero
(pochopuInpPoOBaHHBIX IIPOMBBOAHBIX — (ochaTuININHOIUTOI(POC-
daroB (hochaTuAMINHOBUTHUIOB).

B obOpasoBanuu ompemeaeHHBIX (GopM dochaTUIUINHOSUTOJI-
(dochaToB IPUHUMAIOT yUyacTHe TaKiKe cuenuduueckue gocdarassl,
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yaandamoinue GpochopHbIE TPYNNbI M3 MOJEKYJ (ochaTuanuanHOIN-
tugoB. CorsacoBanHas pabora KuHa3, (ocdaras, a Taxke docdo-
JIUTIa3 CIIOCOOCTBYET IMOAAEP:KAHUIO B KJIETKAX OIpeleJeHHBIX KO-
JUYECTB COeIUHEHUI, HeOOXOAUMBIX JIAd (DYHKIIMOHUPOBAHUSA MHO-
TUX KJETOUHBIX IIPOIIECCOB, TAKUX KaK (hOpMUPOBaHUE, TPAHCIIOPT
U TOKWPOBaHUE BE3UKYJI, IPUBJIeUEeHNE K MeMOpaHe M MOXYJIAIU
aKTUBHOCTU (PEePMEHTOB U PETYJATOPHBIX OEJKOB, a TaK/Ke Iepe-
Javya BHYTPUKJIETOUHOTO CUTHAJIAa U MHOTUX APYTHUX.
docharuguaunosutoa-3-dochar (PI-3-P) Baxken gina Tpadpura
BE3UKYJ K BaKyoJu, mposudepanu KJIeTOK U OPTaHU3aIuU IIUTO-
ckeneta. Kpome Toro, PI-3-P aBiserca BayKHBIM IIPOMEIKYTOU-
HBIM OPOAYKTOM cHHTe3a (ochaTUuIUINHO3UTOI-3,5-1udochara
(PI-3,5-P,). OopasoBanue PI-3-P y pacrenmuiit KaTanusupyercs ¢oc-
haTuTUINHO3UTOI-3-KUHA301, KoTopaa dochopunrupyer PI go doc-
daruguanaO3UTON-3-hochara (puc. 34). PaccmarpuBaerca Takike
curHaibHas poub PI-3-P. CumTaercs, UTO 9TO coequHEHUeE, PeEry-

CH,0®
o _Mips Ptase
rI0K030- NHO3UTON- MUO-MHO3MTON
-6-pocdar -6-pocdar
DAG-CDP ® ®
€ g
®
® @®

® ®
PlaK 0. PI4P5K ew

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

PI-5-P
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aupysa ypoBeab AD®K B KieTKax, omocpenyer mexanuam ABK-un-
IYIHUPYEeMOro OTKPBLIBAHUS YCTHUII.
Docharugunnnaosuron-4-gocdar (PI-4-P) asngerca npeobianato-
el popmoii mosrndochorHo3uTHUIOB v pacrenuii. PI-4-P yuacTByer
BO BHYTPUKJIETOUHOI poTamuu MeMOpaHHOro Mmarepuaja. CUHTe3U-
pyerca us pochaTunmanHosuToaa (pochaTUININHOZUTON-4-KTHA30M
(PI4K) (puc. 34). O Ba)XHOCTH POJIU BTOTO COETVHEHUSA CBUAETENb-
CTBYeT TOT (DaKT, UTO «HOK-ayT» MYyTallis o ogHomMy u3 rexoB PI4K
y Arabidopsis AtPI4Kb npuBOAUT K WHIMOMPOBAHUIO BE3UKYJIAP-
Horo Tpaucrnopra Ha 50% . M3BecTHb! ABe rpymnmbl (GepMeHTOB (oc-
daTuIMIMHO3UTOJ-4-KMHAa3: MeMOpaHocBsaszanuble (45—55 k) u 6o-
Jiee BBICOKOMOJIEKYJISIPHBIE, TPENMYIIeCTBeHHO pacTBopuMbie (110—
210 [1). ¥ pacreHuii HaijeHbl TOJBKO MeMOpaHocBa3aHubie PI4K.
DocharumnanaosnToa-5-gocedar (P1-5-P). dyuriuu sToro coequ-
HEeHUsS y pacTeHnil OKOHUYATeJIbHO He BhiAcHeHBI. ObOpasyerca PI-5-P
nyteMm npedochopuinpoBanusa (ochaTuanINHO3UTOII-3,5-1udochara

Puc. 34. Cunres nao3uTosa u HochHaTUAMINHOZUTOI-(PocHATOB y pacTeHM.
VesoBHBIE 0003HAYEHUS:

DAG-CDP — gumanuirianiieposi-iuTuauiagudocdar;

CMP — muruazmamonodocdar;

DAG — mmamuariauiepoJ;

PI — docharugmuanaosuTosr;

PI-3-P — (ocharuguannosuTo-3-pocdar;

PI-4-P — dpocharugununnosuTos-4-docdar;

PI-5-P — ¢ocharuguannuosuTos-5-pocdar;

PI1-4,5-P, — docharuguinuosuToa-4,5-gudocdar;

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

1-1,4,5-P; — wnosurox-1,4,5-rpudocdar;

IP, — unosuTon-nentakucdochar (urosuron-1,2,4,5,6-menradocdar);
IP; — uHosuTon-reKcarkuchochar (nuosmuros-1,2,3,4,5,6-rekcadocdar);
MIPS — muo-uHO3uTOJ-1-hochar-cuaTasa;

Ptase — docdarasa;

3-Ptase — mmosurommunuza-3-docdarasa;

4-Ptase — mmosuromunua-4-pocdarasa;

Kinases — KuHasbI;

PISK — docharuaninHo3uTON-3-KUHAa3a;

PI4K — dochatugunnHo3uToN-4-KMHA3A;

PISP5K — docharumaninuo3uToi-3-pochar-5-Kunasa;

PI4P5K — docharumninuos3utoi-4-pochar-5-Kuuasa;

PIS — dochaTuananHO3UTOI-CUHTA3a;

PLC — docdonumnaza C
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(PI-3,5-P,) unu docharuguirnuosuTos-4,5-nudochara (PI-4,5-P,)
(puc. 34). Comepsxkaume PI-5-P y pacrenuii HaMHOTO BBIIIE, YeM
y JKMBOTHBIX. EC/JIM B :XKMBOTHBIX cucTeMaX KoHIeHTpanusa PI-5-P,
Kak IIpaBUJIO, He IpeBbIiaeT 2% OT 00IIero cogep:ranusa gocharu-
IUIUHO3UTOJI(PoCcHATOB, TO Y PACTEHU MOYKET BapbUPOBATH B IIpe-
memax oT 3 mo 18%.

Docharumuaunao3uTox-3,5-gudocdar (PI-3,5-P,) cunresupyercs
u3 docharuguiaunnosuTtoa-3-dhochara (PI-3-P) docharumuaunosn-
Tos1-3-hocar-5-kunaszoit (puc. 34). PI-3,5-P, npunumaer yuacrue
B QYHKIIMOHUPOBAHUU BAKyOJIU. ITO COENUHEHNE MCIOJNb3YeTC s
MIPUBJIEUEHUA U CIAUSHUA BE3UKYJ ¢ ToHOmIacToM. Ilpu ocmoTuye-
CKOM cTpecce, yMeHbIIaeTcss 00beM BaKyOJHW U, COOTBETCTBEHHO,
IJIOIAAb IIOBEPXHOCTH TOHOILIACTa. ITO OTpakaeTcsa Ha s(hGeKTuB-
HOCTM PabOThI TPAaHCMEMOPAHHBLIX MEPEHOCUMKOB W HOJIEePIKAHUN
TpaHCMeMOPaHHOTO I'PaAMeHTa TPOTOHOB HA TOHOILIAcTe. B KauecTBe
KOMIIEHCATOPHOTO MeXaHM3Ma y APOKiKell Habamomaercs GparMeH-
TanuA BaKyOJIM HAa HECKOJIbKO YacTell — TaK YBEJIUYUBAETCSI CYM-
MapHas IJION[alb BaKyOJIAPHOM MeMOpaHbI. ¥ MYTAHTOB, He CHH-
resupytomux PI-3,5-P,, nanubiii Mmexauusam HapyineH. Kpome Toro,
S9TOT JIUINJ CTUMYJIHNPYET aKTUBHOCTH BaKyoJapHoii H'-ATdaswI.
Takum obpasom, ¢ yuactuem PI-3,5-P, xouTponaupyerca iesoct-
HOCTBH/(PparMeHTapHOCTh BAKYOJU ¥ IOAAEPKUBAETCA TOHOILJIACT-
HBIF I'PafiieHT ITPOTOHOB HA COOTBETCTBYyIOIleM ypoBHe. CunuraercHd,
YTO HMOJOOHBIN MeXaHU3M (PYHKIHMOHHUPYET Y PacTeHMIi.

Docharnanauao3uroa-4,5-gudochar (PI-4,5-P,) asiasercsa
uCTOUYHUKOM mHO3UTOJI-1,4,5-Tpudocdara (IP;), KoTOpsIil 06pasy-
eTcs MpHU paclielyieHuu storo jgununa gocdoannaszoit C. Cunres
PI1-4,5-P, raranusupyercs ¢ocharuauanaosutoi-4-gpocedar-5-Ku-
Ha3ou m3 QocharuguaunuoduToa-4-pochara (PI-4-P) (puc. 34).
IIpenmonoxurensrao B reHome Arabidopsis Kogupyerca 9 resos
PI-4-P-5-kuHas3bl. YPOBEeHb aKTUBHOCTHU 3TUX (PePMEHTOB SABJISAETCS
CYIIIeCTBEHHBIM OJid (PYHKIMOHHPOBaHUSA (ocdonaumnasza C-zaBucu-
MOTO cUTHAJIUHTA. AKTUBHOCTH PI-4-P-5-KuHa3bl 3HAUNTEILHO BO3-
pacTtaerT npu udMeHeHUU BHemHux ycaoBuii. Cogep:xkanue PI-4,5-P,
B KJIETKAX BBICIIIUX PACTEHUI HA MOPAMOK HUMKE, YeM Y KUBOTHBIX.
OpHAKO ATO BOBCE HE O3HAUAET MEHBIIIYIO0 3HAUMMOCTh JaHHOTO CO-
envHeHudA nns pacreHuii. Huskoe comepixanue PI-4,5-P, moamep-
JKMBAETCS MCKJIOUNTENLHO 3a CUET BBICOKON aKTHUBHOCTU (Pocdo-
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aumnasbl C B yCIOBUAX, IPU KOTOPBIX CTUMYJIUPYETCS TaHHAS CHUT-
HabHAas cuctema. KoHIleHTpanusa cydcTpara SIBJISETCS OCHOBHBIM
haxKTOPOM PEryasalnyd aKTUBHOCTA MHOTHUX M30()OPM PACTUTEIBHBIX
dochonunas C, u B psifie cioyyaeB IOMUMO IMOBBIIIIEHUA KOHIIEHTPA-
nuu PI-4,5-P, u onTumMaiabHON KOHIleHTpanuu noHoB Ca?" He Tpe-
OyeTcd MHBIX MEXAaHW3MOB aKTHUBAIUU ITUX (HhepMEHTOB. ITU OCO-
OEHHOCTU pPeryJAlnuu 00ecleuyrBalOT BLICOKYIO UYBCTBUTEJIBHOCTH
dochonumnaza C-3aBUCHUMOI CUTHAJIBLHON CHCTEMBI.

Curnasnbuas pouab PI-4,5-P, ompenenserca He TOJIBKO TeM, YTO
OH ABJIAEeTCA NPeAIIeCTBEHHNKOM BTOPUYHOTO MecceHikepa IP,.
HexkoTopbie (haKTOPhI TPAHCKPHUIIUUA AOKUPYIOTCA K ILIadMaThde-
ckoii memOpaue uepesd PI-4,5-P,. AxkTtuBanua gochonaunassr C mpu-
BOJUT K BBICBOOOIKIEHUIO PEryJATOPOB M'eHHON aKTUBHOCTH, IIOCJE
Yero OHM MUTPUPYIOT B SIAPO W MOAYJHUPYIOT aKTUBHOCTL I'€HOB.

ITomumo curHaJdbHON poJu, TIpenmosiaraerca yuactue PI-4,5-P,
B TPAHCIIOPTE BE3UKYJI. ITO COeJUHEHUE, MO-BUANMOMY, PEryJiu-
pyeT ImHaAMUYeCcKOe COCTOAHMe aKTuHa ueped npoduauH (G-akTuH
cBA3BIBAIONIUNA OeJiok). JIokanmbHOe Hakomaenue PI-4,5-P, Ha mias-
MajJeMMe CIIOCOOCTBYeT HAIPaBJIEHHOMY 9K30I[UTO3Y, B PE3yJbTaTe
KOTOPOTO KJIeTKa OyAeT pacTy B OmpejesieHHOM HampaBjeHuu. Ilo-
IoOHBIN MexaHU3M ¢ yuactuem PI-4,5-P, ocymecrBasercsa npu dop-
MUPOBAHUU KOPHEBBIX BOJIOCKOB U IIPOPACTAHUU MBIIbIIEI.

Pl-PLC-onocpes0BaHHbIN CUTHANVHT

CurumanbHbli MexaHuam ¢ yuactuem PI-PLC saBiserca Bak-
HBIM /I OTBETa PACTEeHUI Ha Pas3jMUHble CTUMYJIbI, BKJIOUYAA OC-
motuueckuii crpecc, ABK, cBer, rpaBuTaiuio, BO3IeicTBUE IIATO-
reHoB u 3arpsasHeHue. Ilox nmeilicTBueM 3TMX (HaKTOPOB CTUMYJIH-
pyeTcsa aKTHUBHOCTH HOJUGOCHONHOIUTUI-CcIernpuIHon docdo-
aunassl C u ocharunuanuaosuToa-4-pochar-5-kunaspl (PI4P5K)
KJIIOUeBOTro (pepMeHTa cuHTe3a (pochaTUIUINHOIUTOI-4,5-nudoc-
¢dara — cyobcrpara Pl-ochonaunaser C. Ha pyHKImMOHMpPOBaHUE
A9TOTO0 CUTHAJBHOTO IIyTH B 3HAUMWTEJBbHOU CcTeleHu BauAeT docdo-
aunasa D. IIpoaykr rarammusa PLD — ¢ocharunuaa xuciora —
HeIIoCPeJCTBeHHO B3aMMOIENCTBYeT ¢ (pochaTuInInHO3UTOI-4-doc-
dar-5-kunazon (PI4P5K) u akTuBupyer ee (puc. 35). YBenauuenue
KOHIleHTpanuu ochaTuauanuosnTon-4,5-qudocdara aBiasgeTcs oc-
HOBHBIM (pakTopom aktuBamuu PI-PLC.
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PI-PLC pacmiemnser docharuauaurosuTtos-4,5-mudocdhar (PIP,)
Ha mHO3UTOJ-1,4,5-Tpudochar (IP;) m guanuaraunepon (DAG)
(puc. 35). ¥V xuBorHbIX 1P, cBaseiBaerca ¢ IP;-cTumynupyembiMu
Ca?"-xganamamu (IP;-perenropamu), JOKAJIM30BaHHBIMU Ha MeMOpa-
nax OIIP u crumyaupyeTr BbIcBOOOXKAeHue noHoB Ca?t, a DAG yua-
CTBYeT B aKTuBaInuu nporenHKnHasbl C. B pacreHusax He o0Hapy-
sKeHbl romosioru mutieHeit IP; sxuBorabIX (IP;-penenTopsr) m mpo-
renakuHasel C. BmecTe ¢ TeM, CyIIIeCTBYIOT JOKas3aTeJlbCTBA TOTO,
yTo MoOman3anua noHoB Ca’?" u KaJbllMeBble OCIUJIAIINN UTPAIOT

docdatngHas avauun-
Kmcnora PI-4-P PI-4,5-P, rmiuepon
®-- PI4PSK b P S
. ATP ADP ATP
X)}-OH N A
@LD & | PI14P5K ® DGD
XonMH ® ADP
| MW
\ Y PI4P5K |:’WW
®
X .
Lo -
dochatnaun- @
xomH @ < 1-1,4,5-P PAK
I ADP
i MW,
' ”J: ™
NoBblILLEHNE
®®
; ; KOHLIeHTpaLuum
i i noxos Ca?* DGPP
V v B LyTOMMIa3Me S
ocnabnexuve ycuneHue moaynsauus
ayKCUHOBOTO curHana aKTMBHOCTN
curHana n30neiLyH)XacMoHaTa bepmeHTOB

Puc. 35. CurnasbHBIN MexXaHU3M, OIOCPeTOBaHHEIH hochoaunazamu D u C.
YcamoBHBIE 0003HAUEHUA:

PI4P5K — docharuaununnosuToa-4-pochar-5-KuHasa;

PI-4-P — docharuguinaosuTtoi-4-pocdar;

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

1-1,4,5-P, — umosuroxn-1,4,5-Trpudocdar;

IP, — muosuros-neHTarkucdochar (nuosuros-1,2,4,5,6-nearadocdar);
IP; — mHO3uTON-TeKcarkuchochar (nuosurosu-1,2,3,4,5,6-rexkcadocdar);
PI-PLC — moaudocpounosutug-cuernuuyurasa ocpoaumnasa C;

DGK — auanujirjuiepoaKknHasa;

PAK — docharunarkuHasa;

DGPP — guanuarauiiepoJi-mupodocdart
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BaskHYI0 poab B PI-PLC-omocpenoBaHHOM CUTHAJBLHOM IIyTH. B Ha-
CTOsIllee BpeMs He M3BECTEeH TOUHBIM MEXaHU3M KaJbIIMEeBBIX OC-
nuinnanuii B PI-PLC-onmocpenoBanHOM Kackaje pacreHuii. Ecau
IP;-uyBcTBUTENbHBIEe Ca'-KaHAJBI MIPUCYTCTBYIOT B PACTUTEIbHBIX
KJIeTKAaX, TO OHU IPUHIIUIINAIBHO OTJINYAIOTCA IO CTPYKTYPE OT II0-
IOOHBIX MOJIEKYJ JKMBOTHBIX. He MCKJIIOUaeTCs BO3MOMKHOCTH TOTO,
uto I[P, He mMeeT HemOCPENCTBEHHOI'O OTHOIIEHUS K aKTHUBAIUU
Ca*-gkaHaJos.

IToBrimenue ypoBHa moHoB Ca?' B muTomaasMe II0J BIUAHUEM
PI-PLC, B cBOIO ouepenb, cmocobOcTByeT cTumyaupoBanuio PLD.
Wourr Ca?" cmocobcTByIOT cBA3bIBaHMi0 PLD ¢ memOpanaMu, B pe-
3yJIbTaTe uero sToT epMeHT aKTuBupyerca. Takum obpasom, ¢ep-
menTsl PI-PLC, PLD u PI4P5K co3gaoT IMO3BUTUBHYIO PETyJIATOP-
HYIO IIEeTJIO.

ITomumo ToOro, uTo pacienygernue GochaTuaUINHO3SUTON-4,5-11-
docdaTa IPUBOAUT K CHHTE3Y PASJIUUHBIX PEryJIATOPOB (BTOPUUYHBIX
MeCCeH[’KepPOB), CHUKeHUe YPOBHSA (ochaTuamianHosuTosn-4,5-1m-
dochara mox meiictBueM PI-PLC okasbiBaeT peryiaaToOpHOe aeli-
CTBUE WMHOTO 1aHa. Bo-mepBbix, PI-4,5-P, aBaserca peryaaropom
pAga MeMOPaHOCBA3AHHBIX (DEPMEHTOB, BO-BTOPBIX, 9TO COEIUHE-
HHUEe MOXKET CHYsKUTbL CAWTOM MOJIsS HPUKpPeIlIeHusaA K MeMmMOpaHe He-
KOTOPBIX (DYHKIIMOHAJBHBIX OEJIKOB, B TOM UYKCJE, OEJIKOB I[UTO-
CKeJsieTa, (pepMEHTOB, PEryJsTOPOB TPAHCKPUIIHNK. Paclmernienue
PI-4,5-P, npuBoAUT K BBICBOOOMKIEHUIO TaKUX OEJIKOB, UTO CIIO-
COOCTBYeT M3MEHEHWI0 HX JOKAJU3AIUU U OTPAKAETCS Ha aKTUB-
Hoctu. Hampuwmep, uepes PI-4,5-P, kK memOpaHe mpucoequHsIeTCs
peryasarop reusoi aktuBHOocTu Tubby. BeicBoOOKIeHme 5TOro pe-
ryasropa B pesyiabrare akTuBanuu (ochoaumnassl C mosBossdeT
0eJIKy MUTPHUPOBATH B AP0 M YYaCTBOBATH B MOXLYJSIIIUU JKCIIPEC-
CUM cIenu()uuecKux I'eHOB.

IIpousBogubie uHO3UTOI-1,4,5-Tpudocdara. YBernueHrne KoH-
nenTparuu IP; B pacTUTENBbHBIX KJIETKAX BCJEACTBUE aKTUBAIUU
PI-PLC cTumyaupyeT IOABJIE€HNE PAa3JUUYHBIX BBICOKO(OCHOPUIN-
poBaHHBIX (hopm mHO3UTONA (IP,) (puc. 34, 35). ¥V pacrenuii, B oT-
JIMYMe OT KUBOTHBIX, PYHKIIMOHUPYIOT MHOTOUYMCJIEHHBIE KUHASHI
u ¢ochaTassl, KOTOPbIE IPUHUMAIOT yuyacTue B Mertabosrusanuu IP;.
CoryiacoBanuasa pabora 3Tux (epMEHTOB HaIlpaBJieHa Ha MIOALep-
skaume myna I[P, B ompeneseHHOM cOOTHOIIeHWH. I[JIsT HEKOTOPBIX
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U3 ATUX COEeNVMHEHUN yCTAHOBJIEHbI MUIIleHU. HO3UTOI-TeKCaAKMC-
dochar (IP;) cBaswviBaercs ¢ F-box penenropamm aykcuHa, CHU-
JKasd YyBCTBUTEJIbHOCTDH KJIETOK K 9TOMY TropMoHYy. MHO3UTOJI-TIeHTA-
kucdocdar (uuosurorn-1,2,4,5,6-nenradpochar — IP;) cBassrBaerca
¢ F-box pemenTopamMu m30JeHIIUH-2KaCMOHATA, obJieruas MX B3au-
MOJIefiCTBHE C TOPMOHOM.

Cpenu BbICOKO(DOCHOPUINPOBAHHBIX MHO3UTOJIOB O0OHAPYIKEHBI
dopMbI, comep:ralue mupodocdaTusie rpynnsl. B HacTosIlee BpeMsa
obcy:xknaerca noreHnuanbHaa poab [P, u IP; B kauecTBe cUTrHAJIBL-
HBIX MOJIEKYJ U HUCTOUHHUKOB (ochara miasa oumocuutreza ATD.

Cynsa mo o0uanio pasHoOOpPasHBIX (POCHOPUINPOBAHHBIX MHO-
3UTOJIOB, BOBMOYKHO, UTO HEKOTOpPbIe M3 HUX CBA3AHBI C PETyJId-
nueit Ca?"-KaHamoB.

IIpousBogHBIE TUANMATIUIIEPOSA. MUIIeHN TUATAITIUIIEPOIA
(DAG) B PI-PLC-3aBucumMoM MexaHHW3Me Y PACTEHUH He HaAWAEHBI.
Ob6pasytomuiica B pedyabrate rugpoausda Pl-4,5-P, nuanuariauie-
poa dochopuaupyercsa muamuaraunepoaxknHasoi (DGK) mo doc-
daruguoit Kucaorel (PA) (puc. 35). Mexanusm pereHepanuu doc-
darugaoil KucaoThl 13 DAG IIMPOKO pacHpocTpaHeH B IPUPOIE
u GYHKIMOHUPYET, B TOM UHCJe, y KUBOTHBIX. OJHAKO y pacTe-
HUN GochaTugHas KUCJI0Ta ToxKe (ochopuainpyerca MpU aKTHBa-
nuu pochosunas C u D. PochaTugarknnaza (PAK) karaausupyer
obpasoBaHue gumamuiaraunepos-nupodocdara (DGPP). 3uauenue
DGPP szakimrouaercs, mpeskie BCEro, B ocJabjieHuM CuUTHaIa, KO-
TOPBIN mepemaerca uepe3d PA. OgHako B HAcCToOsIllee BpeMs TaKiKe
He MCKJIYaeTCsA BO3MOMKHOCTH CYIIIECTBOBAHUS MUIIIEHEH, Ha KO-
Topbie ObI Bausa DGPP. V¥V BeicHInX KUBOTHBIX (hochaTumaTKUHAS-
Has akTUBHOCTH u mpucyrctsrue DGPP B KieTKax He 00HApyKeHBI.

ITocKoNbKY He AUANUIATIUIEPOJ, a ¢ochaTugHasd KuCJIOTa H,
BO3MOKHO, OUAIMJITJIUIEPOJa-upodocdaT B3auMOLeCTBYIOT C Ja-
YVHCTPUM CUTHAJIBHBIMU MOJEKYJIaMU, TO (DEPMEHTHI AUAITUJITIINIIE-
poakuHasa u gocharumaTKrHa3a, IIOCIEI0BATEILHO KAaTAJIN3UPYIO-
mue npeBpainesusas DAG — PA — DGPP, paccmarpuBaioTcs Bak-
HBIMU CUTHAJBHBIMU (PpepMeHTaMU B paMKaX PacTUTEJIbHBIX CUT-
HanbHBIX cucTeM. KoamuectBo DGPP u PA crporo peryaupyercs
U 3aBUCUT OT aKTUBHOCTH MUAIUJITJINIIEPOJKUHA3BI, ochaTugar-
KHWHAa3bl 1 UX aHTAaroOHUCTOB — clelm(puueckux (ocdaras, mpedoc-
dopunupyoimux DGPP u PA.
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Kpatrkasa cxema PI-PLC omocpenoBaHHOTO CUTHAJBHOTO MeXa-

HHU3Ma.

1. AxrtuBanusa moaudochounHosuTUL-cuenudpuudaol docdoan-
na3el C u dochaTuguanHO3UTO-4-hochar-5-KMHASBHI.

2. Pacmiemnenue gochaTuguanHO3UTONI-4,5-11udochaTa HA THOBU-
Tos-1,4,5-Tpudochara 1 FUAITUITIUIEPOJIA.

3. CuHTEe3 HUBKOMOJIEKYJIAPHBIX PETyJATOPOB (BTOPUUHBIX MEC-
CEeH/I)KepoB) u3 MpoAyKToB pacuana PI-4,5-P,: Beicokodochopu-
JUPOBAHHBLIX (POPM MHO3UTOJA, PochaTUIHON KUCIOTHI 1 aHra-
nuaraumnepog-nupodocdara.

4. Mopaynsanusa aKTUBHOCTH MUIIIEHEH BTOPUYHBIMHU MeECCeHIKe-
pammu.

®ocdonunasbl A,

Dochonunaszsl A, OTIIEIIAIOT $n-2 anuas@upHbIEe CBA3U (oc-
dorunumgoB ¢ 00pasoBaHeM CBOOOTHBIX KUPHBIX KUCJIOT W 1-a1iumi-
2-nmusodochonunugos (puc. 36). B pacTeHax TpPUCYTCTBYIOT (oc-
donunasel A, IBYX OCHOBHBIX THUIIOB:

1) cexperopHbIe (secretory) HU3KOMOJEKYJASAPHBIE (Pochoam-

massl A, (sPLA),);

2) suytrpukiaerounsie (intracellular) Ca?'-uesaBucumsbie ¢oc-

doaunaser A, (iPLA,).

Y KUBOTHBIX OOHApPY/KEHBI TaKyKe IMTO30JbHBIE (cytosolic)
Ca?"-gaBucumbie dochoaumnassr A, (cPLA,).

Cekperopubie dochonunassl A, 001aKal0T HUSKOH MOJIEKYJIAP-
HOIt Maccoi (14 x/l) U TPOABIAIOT ONTUMAJIbHYIO AKTHUBHOCTH IIPU
MUJLIAMOJIAPHBIX KoHIeHTpanusax Ca?'. 3 TKaHell HECKOJbKUX BU-
OB pacTeHuii (puc, TBO3ANKA, BA3) ObLIN BBIAEJIEHBI U KJIOHUPOBAHBI
k[IHK, cooTBeTcTByIOIIIE TeHaM CEeKPETOPHBIX (ochoaunas A,.

HO + A=AV COOH
®
docatugunxonux 1-auunn-2-nn3o- NVHONEeHoBas
docdatngnnxonnH Kucnorta

Puc. 36. Peaknusda, xaranusupyemas (ochonumnasoit A,
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Ananus mocsenoBaTenbHOCTH 9THX [JTHK moKasam Haauuyue HECKOJIb-
KUX OUCYJbGUIHBIX CBA3€H WM CUTHAJBHOTO IENTHA, OIPeessaio-
IIeT0 CEKPEeTOPHBIE CBOMCTBA MOJIEKYJIBI (DEpMEHTa.

Buayrpurkaerounbie pochonunassr A, (iPLA,) mpeacraBaamT
TPYIITY, BKJIOUAIONIYI0O MeMOPAHOCBA3aHHBIE U ITUTO30JIbHBIE (ep-
MEHTHI ¢ MoJeKyaapHoi maccoir 40—48 k/l. Bce msBecTHBIE pacTu-
TesbHBIEe iPLA, TpeanouyTuTeIbHO OTINEIJIAIOT JINHOJEBYIO U JIUHO-
JIEHOBYIO TPYIIIbI, HAXONAIIMECA B SN-2 IMOJIOMKeHuHu dochaTummi-
XOJIUHA. ITH (PEPMEHTHI CTUMYJIUPYIOTCA KAJIbMOIYJIUHOM, B OTCYT-
CTBUM KOTOPOTO He pearupyioT Ha u3MeHeHue KoHieHTpanuu Ca’'.

Karamus. BHyTpuKJeTouHble U ceKpPeTopHbIe (ochonumassl A,
NMEIOT Pa3HbIA MeXaHW3M OAeHCTBUA.

BryTrpukierounsie dochosnumassl A, TUAPOJIUBYIOT arfuaIdOup-
HYIO CBA3b uepe3 oOpasoBaHUMe anuj-GhepMeHTHOTO IMOCPEeIHUKA.
Anua mpucoeguHAETCA K OCTATKY CepHHA, KOTOPBIA HAXOTUTCS
B KOHCeHCycHOoi1 nocaegosarenbHocty GXSXG. Monsr Ca?" me npu-
HIMAaIOT HEeIOCPeICTBEeHHOI0 YUaCTU B Karaianuse, ogHako Ca’" me-
00xXoouM Jis KaJbIIMHUPOBAHUSA KaJbMOIYyJUHA — aKTHBaTOpPa
(epMeHTA.

CexperopHble (ochonunassl A, HETOCPEICTBEHHO MCIIOJIb3YIOT
nounl Ca’?" B akrtuBanuu. B mMoieKyie (pepMeHTaA eCThL KOHCepBa-
ruBHble Ca?"-cBaspiBaomue meuTpsl (EF-pyxu). CBA3bIBaHUE KaJlb-
mus cTabmau3upyeT IMepexomHoe COCTOAHWE MOJEeKYJbl, HeOOXOmM-
Moe /ISl IposABJieHUA aKTuBHOCTU. CeKpeTopHbIe hochonnmasnl A,
He nMmeioT GXSXG mociemoBaTeIbHOCTH U He 00pasyioT amui-gep-
MEHTHOTO IocpenHuUKa. B mexanmuam Kartanusa SPLA, BoBieka-
eTcsA OCTATOK TMCTUAMHA U aclaprara, KOTOpPbIE€ IOJAPUIYIOT MO-
JEeKYJy BOHBI, a 3aTeM moJisgpudoBanHas H,0 arakyer KapOOHUJIb-

HYIO TPynImy.

OKTajieKaHOUHbIi NyTb

Pacturenbabsie PLA, peryaupyior, riiaBHbIM 00pa3oM, OKTaleKa-
HOUIHBIN IyThb, B KOTOPOM W3 JUHOJIEHOBOI KUCJIOTHI 00pa3yioTcs
JKacMOHATBI U ApPyrue oKcuaunuubl (puc. 37). B oriuuume ot npy-
rux 3G GeKTOPOB, ryIaBHaA curHagbHas Gynknua PLA, sakiioua-
eTcs B KaTaJin3e CUHTe3a He COOCTBEHHO BTOPUYHBLIX MECCEHIKIEPOB,
a IpPeJIIeCTBeHHUKOB [IJIs CUHTe3a APYTUX PeryasaTopoB. VHbIMHU
caoBamu, PLA, mocTaBiA0T cyOCTpaT A OKTaAeKaHOUIHOTO IIYTHU.
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MexaHu3M OKTamgeKaHOUTHOTO IyTH. CUHTE3 KaCMOHOBOI KHC-
JIOTHI CTUMYJUPYETCA PA3JINUYHLIMU BHEITHUMU CHUTHAJIAMU depes
axTuBanuio ochosaumnasel A, u JunokcureHassl. Pochosmnaza A,
OTIIENJISEeT KUPHOKUCIOTHLIN OCTATOK B IIOJIOMKEHUU SN-2 OT MOJIe-
KyJabl MeMOpaHHOTO (pochoaunuga. B sTom mososkeHUM, Kak mpa-
BUJIO, JJOKAJIUBYIOTCA JKUPHBIE KUCJOTHI C BLICOKOI CTEIEeHbIO HEHAa-
CBIIIIEHHOCTH, a Yallle BCeT0 — JMHOJIeHOBadA. JIMTIOKcUreHasa BBO-
IUT B MOJIEKYJIBI CBOOOJTHBIX BBLICOKOHEHACHIIEHHBIX KUPHBIX KIUC-
JIOT TIEPOKCUAHYIO TPYINY, CIelu(MUUecKr y3HaBad IMEeHTAAUEHOBYIO
cucremy (IIATHL aTOMOB YyTIJiepoJa W IBe ABOWHBIX CBA3M). B cTPyK-
Type JUHOJEHOBON KMCJIOTHI MOKHO BBIJIEJIUTDL IBE MEHTAIUEHOBBIE
CHCTEeMbI, BKJIIOUAIOINX aTOMbI yriiepoga ¢ Homepamu 9—-13 u 12—
16. ITenTagueHoBas cucTeMa, pacno3dHaBaeMasi 13-JIUIIOKCUTeHA301,
copmupoBana aromamu ot C-9 mo C-13. JIumoxcureHasa OTIIEILISET
11-mpo-S-atom Bomopoza (Hg) or C-11 m mpucoenvHsAeT MOJIEKYILY
kucsopona ¥ C-13 B Bume mepokcumuoil rpynnbsl (puc. 37). B pe-
3yabTaTe obpasyercs ABoiHaA 11-mpaHc-cBA3L (MeXAy aToMaMu
C-11 u C-12). Hanee (hepMeHT ajjieH-OKCHJ CUHTa3a (TUAPOIIEPOK-
CHUI-Ieruapasa) OTHIeILIseT OT 13-THAPOKCUIIePOKCUINHOJIEHOBO
KHCJIOTHI TUAPOKCHUJ C 00pa3oBaHMEM SIOKCUIHON TPYINbI ¥ aTOMOB
C-12—-C-13. 12-13-3mOKCUINHOJIEHOBASA KUCJIOTA 38 CUET KAaTAJIUTH-
YeCKOU aKTUBHOCTU (DePMEHTA aJIJIEH-OKCHUJI ITUKJIA3bl (DOPMUPYET
MEeHTAIUKJINUECKYIO CTPYKTYPY, 00pasysa cBsasb mexay C-9 u C-13.
B pesysbTaTe IMUKJIMBAIINY STTOKCUIHBIA KUCIOPOJ COXPAHSAET CBA3H
TobKO ¢ C-12 M cTaHOBUTCA KHCJIOPOAOM KETO-TPYIIIIBI B MOJIe-
Kyjae 12-okcopuTonmeHOBON KUCJIOTHI. [[BOoliHAs CBA3L B I[UKJIE
(C-10-C-11) maceimaerca NADPH-3aBucumoii pexykrasoii. Ilpu
aToM obpasyercsa 12-oxcopuUTOMOHOEHOBAsI KHCJOTA, M3 KOTOPOIii
B pesyJIbTaTe TPeX 9TAIO0B [3-OKMCJIeHUA (MOJIEKYJIa TepAeT IIPU 9TOM
6 aTOMOB yTrJiepojia) CMHTEe3UPYeTCA »KaCMOHOBAs KUCJIOTA.

OKTafeKaHOUAHBIA NYTh MOKET MHUIIMUPOBATHCA HE TOJBKO
B pesyabTaTe (ochoSMIasHON peakIiui, HO U IIyTeM JIMIIOKCUTEHUPO-
BaHUS JUIHUJ-CBA3AHHBIX KUPHOKUCJIOTHBIX OCTATKOB JIMHOJIEHOBO
KucyoTel. Pochosunassl A, mpu BeIOOPE cyOcTpaTa OTHAIOT ITPEIIO-
YyTeHUEe IMePEeOKNCIeHHBIM MeMOpaHHBIM Junuzam. [losTomy mepe-
OKMCJIEHHBIII OCTATOK JIMHOJIEHOBOM KHCJIOThI M30MPATEJbHO OTIIe-
IJISeTcA OT JIUMUAA ¥ TOJABepraeTcs NaJbHEUINNUM HU3MEHEeHUIM
¢ o0pazoBaHMEM KAaCMOHOBOII KICJIOTHI.
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KacmoHoBas Kucjaora ABaAsAeTCA (PU3UOIOTUUECKHU CIab0aKTUB-
HBIM COeIVMHEHVEM U IPENMYIIECTBeHHO HCIOJIb3yeTCA PACTeHUSIMU
Kak TpaHcIoOpTHas opMa, KOoTopas mepeapuraercs mo giosmve. O6-
paboTKa pacTeHUH JKaCMOHOBOM KICJIOTOI OKAasbIBaeT clenuduue-

B 1109
. = COOH
“, a-INHONEHOBasA KucnoTa
He  "Hq
0,
13-nunokcmnreHasa
Hy

12

A=A NN OH

1374
z 13(S)-ruaponepoKcMnnHoneHoBas Kucnora
OOH

alleHOKCnA-CMHTa3sa
A j\HZO

N P COOH

EY 12,13(S)-3nOKCUNMHONEHOBAsA KUCIOTa

anneHoKcna-umKnasa

O,
13 o
; COOH
12-okcodpuroameHoBas Kucnota (OPDA)
NADPH + H*
OPDA-pepyKTasa
peay kNADP*
O,
COOH

12-okcodprTomoHOeHOBas Kucnota (OPMA)

nvirasa kHSCOA Q
0 —

— o COOH
// —_————
C \ {3-okucneHue (x 3)
SCoA W TMAPOAN3 (3R,7S)-»kacmoHoBas
»acmoHoun-CoA Kucnorta

Puc. 37. CuHTe3 XaCMOHOBO! KHUCJIOTHl — OKTAJEKAHOUIHBIN IIyTh
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CKOe JeiCcTBUEe, TaK KaK IPU HONAaJaHUU B TKAHU 9TO BEIIECTBO
MeTaboJIu3uPyeTcsa 10 akTuBHOU (Gopmbl. CyIiecTByeT Jiu y pacTe-
HUI CUTHAJNBHBIA MeXaHU3M, PeryJupyeMblii COOCTBEHHO »KacMo-
HOBOI KMCJIOTOM, IIOKA HEM3BECTHO.

KacmonoBasA KmcioTa B paCTUTEJNbHBIX TKaHAX MHOJABepra-
eTcsA KOBAJIEHTHOW MOAUMDUKAIINYN TYyTeM KOHBIOTUPOBAHUA C pPas-
JUYHBIMU COEeIWHEHUAMHU (COUPTAMHU, aMUHOKHUcjaoramu). M3o-
JEeHUINH-KaCMOHAT, MPOAYKT KOHBIOTAIIUM KACMOHOBON KMCJIOTBI
C M30JIEHIIMHOM, CUHNTAEeTCA (PU3MOJOTUUYECKH aKTHUBHOI (opmoii
(puc. 38). IIpyroii u3BeCTHBINI KOHBIOTAT — METHUJIOBBIA 2(UP Ka-
CMOHOBOM KUCJIOTHI SBJSAETCA JETYUUM coequHeHmeM. MeTuiika-
CMOHAT, KaK " KaCMOHOBAs KMCJIOTA, BBITIOJHSET TPAHCIOPTHBIE
(pYHKIINN, HO PACIIPOCTPaHseTcA He Mo (posme, a 1Mo Bo3ayxy. Ilpu-
yeM, KOMMYHUKAIIAA C IOMOIIBI0 METUJIKAcCMOHATA OCYIIEeCTBJIA-
eTcA He TOJHBKO MEyKIy IPOCTPAHCTBEHHO OTHAJEeHHBIMU OpraHaMu’
OHOTO pacTeHuA, HO U MEKAY OTIAeJbHLIMH pPacTeHuAMHU. [IpoHu-
Kas B TKaHU, METUJI’KACMOHAT PACIIEIJIsSeTCcA dCTepasaMu 0 CBO-
0ODHOI XAaCMOHOBOM KHCJIOTHI, KOTOpas B JajbHeIiIleM IIpeoOpa-
3yeTcsa B aKTUBHYIO (OpMY.

O, O,
COOH
0O
(3R,7S)-*acMoHOBas \ _
Kucnora 07 'NH
HO
B |
MeTWKacMoHaT n3onenuMHXacMoHaTt

Puc. 38. IIpousBoabie KaCMOHOBOM KUCJIOTHI

OyHKuun pocponunasnbl A,

IIpoayKThI OKTaAeKAHOUIHOTO IIYTH YUACTBYIOT B PETYJISIIUU OT-
BETHBIX pPeakInili Ha MexXaHHUYeCKHre MOBPEXKJIeHUA U BO3AeNCTBUS
maToreHoB. B pesysbTaTe AeHCTBUS 3TUX CTPECCOPOB B PACTEHUAX
Habaiomaercsa Bo3pacrtaHue akTuBHocTu PLA, m, Kak pesyibrar,
CHCTEeMHOe HaKOIlJIeHNe JU30(POCPOJSUNNA0B U BLICBOOOKICHIIE
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MOJMHEHACBIMEHHBIX JKUPHBIX KUCJIOT (IPEeUMYIIeCTBEHHO JIU-
HOJIEHOBOI1), KOTOPBIE IIOJBEPramTcs AeHCTBUIO JUIOKCUTEHA3
U BOBJIEKAIOTCS B OKTAaJeKAHOUIHBLIN MyThb. B cTpecCMpPOBaHHBIX
kKJgeTkax PLA, MOryT omocpenoBaTh MeXaHU3MBI TeHepallud aKTUB-
HBIX (hOPM KHUCJIOPOJa M CHUHTe3a ajnkaoumoB. AxtuBamuio PLA,
MOJKHO TIPOJEMOHCTPUPOBATH B OTCYTCTBUM CTpecca, HO IOM Jeii-
CTBMEM CHUCTEMHHA WJIU OJUTOCAXaPUHOB.

IToMmuMO cTpeccoBBIX peakIiuii ocdosumassl A, yUacTBYIOT
B APYTUX KJIETOUHBIX IIpOIleccax: MeTaboJams3Me JUIHUIOB U ayK-
cuH-cTUMyaupyemoMm pocte. PLA,-momo6Has aKTUBHOCTH IIPEU-
MYIIIeCTBEHHO HalpaBjeHa Ha OTINeIlJIeHWe He TOJbKO BBICOKOHE-
HACBIMMEHHBIX JKUPHBIX KUCJOT, HO U BTOPOCTEIIEHHBIX WJU Pel-
Kux. Takue KUpPHBIE KKUCJIOTHI Iepepacilpene saoTcs 13 MeMOpaH-
HBIX (pocoaUTTMIOB B 3amlacHble TPUAITMJITIUIEPOabl. Takum obpa-
30M, ochoaumnasu A, yIaCTBYIOT B HAKOILJIEHUM 3aIMlaCHBIX JIUIIH-
noB. Ha cemenax orypiia 6b110 TToKasaHo, uto PLA, jJokamusyiorcsa
B c(epocomax ceMsmoJiell M y4aCTBYIOT B KaTabojamaMe U YTHUJIH-
3al[U¥ 3alacCHBIX JUMNUJOB B IPOIlECCaX MPOPACTAHUA CEMAH U PO-
CTa TIPOPOCTKOB.

PagsimuHble curHaJbHBIE TTYTH (CTPECC- WM ayKCUH-UHIAYIIUPY-
eMbIe), IO-BUAUMOMY, BOBJeKarT pasHble Tunbl PLA,. Tak, nuru-
O0uTOp BHYTPUKJETOUHBIX (hochoamunas A, HELSS Topmosur ayk-
CUH-UHAYIIMPYeMOe VIJINHEeHNE TUIOKOTUIeH ITYKUHU U KOJETTUIeH
KYKYPY3bI, a UHIUOUTOP cucreMuH-uHaynupyembix PLA, AACOCF3
OKasaJjicad He 5(P(PeKTUBHBIM B OTHOIIIEHUMN POCTOBBLIX PEAKIIHIA.

®ocdonunassbl A, n B, nusodocdonunasbl A

Dochoaumnaszsr A; ruApPoau3yIOT Sn-1 anmradupHbIEe CBA3U (GOC-
dorunumaoB ¢ 00pasoBaHeM CBOOOMHBIX KUPHBIX KUCJIOT W 2-allijI-
1-1usodochonununo. Pochosmnnassl B mocienoBaTesbHO YAATAIOT
IBa OCTATKa KUPHBIX KUCJOT U3 MOJIEKYJ (ocOoTUINI0B, TO €CTh
obsamatoT akTuBHOCTBI0O PLA 1 lysoPLA. JIusodochonumnassr A pac-
MIETIIAIOT aluJId(PUPHYIO CBA3b B MOJIEKYJIaxX JU30(POoCchOJUNUAOB,
00pasys IpU 9TOM JKUPHYIO KUCJIOTY U TJINIEPOJI-3-(hochOoaTKOr0Ib.

JIuzodochomunuasl TPUCYTCTBYIOT B OMOJOTUUYECKUX MeMOpa-
HaX B HE3HAUUTEJIbHBIX KOJUUYECTBAaX, HO BMECTE C TEM, BBITIOJIHAIOT
Ba’KHbBIE PETyJATOPHbIE MYHKIINU: TPAHCAYKIIUA BHYTPUKJIETOUHBIX



SOOEKTOPHBIE MOJIEKY/IbI 1 BTOPUYHBIE MECCEHXKEPbI 119

CUTHAJIOB U TPAHCIIOPT BE3UKYJI. ¥ *KUBOTHBIX (DOPMUPOBAHUE JIV-
3o(ochaTugHOo U PochaTUIHON KUCJIOT HPOUCXOAUT cleruduue-
CKM B IlleliKe (DOPMUPYIOMIUXCSA CUHANTUUYECKUX BE3UKYJI, TO €CThb
nepexojn amusdoocharugHad KUCaA0Ta <> (pochaTumHada KUCIOTA He-
00XoouM IJIs IIOYKOBaHUA MeMOpaH.

B pacrerusax auszodochoaunuabl opMUPYIOTCS B OTBET Ha CTPEC-
COBBIe BOBIEHCTBUSA U MOAYJUPYIOT aKTUBHOCTH Psana (PepMeHTOB.
JIuzodochaTuanaxonnH, HAIPUMEP, MOKET HEeIOoCPeACTBeHHO B3a-
umogerictBoBaTh ¢ HY'-ATPasoii ninasmaTuueckoii MeMOpaHbl, CTH-
MyJUPYA €e aKTUBHOCTh. JIndodochaTuamisTaHoIaMuH 3aePiKu-
BaeT cTapeHMNe, BO3MOKHO, IIyTeM mHrubupoBanus PLD.

JIuzodochonmnassel, ciegoBaTeIbHO, SABITIOTCA Ba*KHBIMU KOM-
MMOHEHTaMM, HEOOXOAMMBIMY B PETYJIAIINN YPOBHA J30(hochHOoamnIIm-
OB, JUIHUJHOM CUTHAJBHOM KacKame u MeTabosi3Me.

Bsaumopeicteue docdonnnas

M3yueHne HAKOIJIEHUA MPOAYKTOB JIUIINMJHOTO 00OMeHa B CTpecC-
COBBIX YCJOBUAX IIOKA3aji0, UTO IIOBBIIIIEHUE KojudecTBa (ocda-
TUIHON KUCJIOTHI IPEAIIECTBYET BO3PACTAHUIO YPOBHS MUAIIUJITJIN-
1IepoJia, CBOOOMHBIX JKUPHBIX KUCJIOT, IEPOKCUIUPOBAHHBIX JKUP-
HBIX KHUCJOT M Jn30(ochOoIUIUI0B, TOTMa Kak pemnpeccusa PLDa
MIPUBOAUJIAa K CHUKEHUIO CTPECC-UHIAYIIUPYEMOTO0 HAKOILJIEHUS JIN-
HOJIEHOBOM KMCJIOTHI U JKacMOHaToB. Ha ocHOBaHWU 3TOT0 HAGJIIO-
IeHusa OBLIO IPEAIIOJIOMKEHO, uTo (ocdosumnassr D, mpomynupyro-
mue GochaTUAHYI0 KUCJIOTY, MOTYT CTUMYJHPOBATH aKTUBAIIUIO
Ipyrux ¢epMeHTOB KaTabosim3Ma JIUIUIOB.

@DepMeHTHI JUIUIHOTO CUTHAJBHOTO KacKaga 4acTo (DOPMUPYIOT
CJIO’KHBIE CETH, KOTOPHIE OIOCPEAYIOT CIIeNU(MUUECKUI KJIETOUHBIN
orBeT. IIpumMepoM TaKOTO B3aUMOJENCTBUA ABJIAETCA ydacTue Goc-
domunas C, D u A, B perynanum ycTbUu4YHOMN TpaHcmupanuu. PLD
u Gpocharuguruuosutun-sasucumbie PLC (PI-PLC) onmocpexnyror 3a-
KpBIBaHUE YCTBUI], Torga Kak PLA, CcTUMyJaupyioT MX OTKpbIBa-
uue. Ilox Bausumem PI-PLC 3amyckaeTcs KacKal peaknuil (CUHTe3
uHO3UTOJ-1,4,5-Tpudocdar u ero IPOM3BOAHBIX), KOTOPHII IIPUBO-
IUT K TOBBIIIEHUIO YpoBHsS moHOB Ca?' B muromiasme. Moubr Ca?*
cmocobcTBYIOT cBA3biBaHUIi0O PLD ¢ memOpaHamMu, B pe3yJjbTaTe
yero 5ToT (pepMeHT akTuBuUpyeTca. [IpogykTr rarammsa PLD —
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docharugHas KHCIOTA aKTUBUPYeET (ochaTuIUINHO3UTOI-4-(oc-
dar-5-kunasy (PI4P5K), Koropasd mpumHHMAaET ydyacTHe B IPOAYK-
nuu (ocharuguanuosuToa-4,5-gudochara — cyberpara miasa PI-
PLC (puc. 35). Takum ob6pasom, PI-PLC, PLD u PI4P5K coagatorT
MMOBUTUBHYIO PETyJaATOPHYIO meTao. C apyroit cTopoHsl, docdoiru-
massl A, moryt BeIcTymnaTh antaronucramu PLD u PI-PLC, tak Kak
IIOMUMO BBICOKOHEHACHIIIEHHON JIMHOJEHOBOW KUCJIOTHI, U3 KOTO-
poii TeHepUPYIOTCA KAaCMOHATHI U JPYrHe OKCUJUIINHBI, TPOAYK-
TaMu KaTaJuTudecKoil aktuBHOCTU PLA, aBiaatoTca susodochosri-
OUIbI, KOTOPble nmHTUOUpPyT PLD.

3.2.2. Okcunp asorta (Il) n NO-curHanuHr

Okcup a3oTa

Oxcupn azora (NO) aBisieTcsa IIOBCEMECTHO PacHpPOCTPaHEHHOU
6unoaxkTuBHON MoJeKya0H. NO 1 ero mpoms3BOLHBIE CIIOCOOHBI MO-
IyJIAPOBaTh aKTUBHOCTH CBOUX MHUIIIEHEIH, CBA3LIBASA METaJlJIbl pe-
IOKCIIEHTPOB METaJLIOIPOTENHOB, MU IyTeM KOBAJEHTHON MOMIU-
duUKaMu OCTAaTKOB IIMCTEMHA W THUPO3WHA.

Panee mpexnmosiarajgoch, 4TO IPUCYTCTBUE OKCUIOB a30Ta B KU-
BBIX TKAHAX SBJAETCS PE3yJbTaTOM IIOBPEKAEHUIN WU 3arpssHe-
HUSA, [OSTOMY IIepBOHAYaJbHbIe uccaenoBanusa emre 1980-e romsr
ObLIM chOKYCUPOBAHBI Ha (DUTOTOKCUUYHBIX CBOMCTBAX PAa3JIMUHBIX
dopM OKCHUIOB a30Ta W MX HEOJArONpUSATHOE AeliCTBUE HAa MeTaJli-
comepskaiye hepMeHTHI U Ha Pa3BUTHE pacTeHui B 1ejgoM. OgHAKO
B CKODPOM BPEMEHU ObLIO BBICHEHO, UTO 3HAUUTEJbHBIE KOJUYECTBA
NO u N,O mpoxaynupyooTca He3arpA3HEeHHBIMU MOYBEHHBIMU U BO-
IHBIMU 9KOCHUCTEMaMM, KOTOPbIe BHOCAT OCHOBHOI BKJIAJ B IIPO-
IlecC eCcTeCTBEeHHOI MecTPYKIIMKU 030HOBOrO caos. B 1990 roxy mo-
SIBUJIOCH IIEPBOE COOOIIeHNEe O CTUMYJIUPYIOIIEeM NeiiCTBUU OKCHUIA
agoTa Ha pacTuTeJbHbINl opranusM: NO yCcKOpsJ mpopacTaHue ce-
MAH IaBJoBHuUU BoijouHoit (Paulownia tormentosa). B HacTos-
Iiee BpeMsA JOCTOBEPHO YCTAHOBJIEHO, UTO oKcua asora (II) mupoxo
HCIIOJIb3YEeTCA B JKUBOU IPUPOJAE B KaueCcTBE BTOPUUHOIO MECCEH-
IPKepa — 3TO CoeqUHEHUEe ABJISIEeTCS KOMIIOHEHTOM CUTHAJbHBIX Me-
XaHU3MOB, KOHTPOJIUPYIOIINX 3aIUTHbIE PEAKIINU, IIPOIECCHl Pas-
BUTHUS, Ipoaudepannio KJIeTOK U MHOTOe IPyroe.
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XnMmnyeckmne n aHTMOKcnaaHTHble cBoncTtBa NO

Oxcupg asora mpejcTaBaseT cob0il CBOOOAHO-PAIUKAIBLHYIO JIN-
MoGUILHYIO IBYXaTOMHYIO MOJIEKYJy. MajleHbKUil paguyc U sJieK-
TPOHENTPAJIbHOCTD MO3BOJIAIT MoJeKyJsie NO saddexTuBHO nuddyH-
INPOBATh B KJIETKE, a TaKyKe MPOHUKATh uepes MeMOpaHBblI.

Moaeryaa NO umeeT HecIIapeHHBIN 3JIEKTPOH HA T-Pa3PbIXJIAIO-
mieii opOUTaIM, UTO OIPeessieT ee CBOOOIHO-PASUKAIbHBIE CBOMCTBA
Y PEaKIIMOHHYIO CIIOCOOHOCTDH. ¥YJajieHre STOTO JJIEKTPOHA IIPUBO-
IUT K obpasoBanmuio nona HuTpos3oHus (NO'), a mobaBieHme 0JHOTO
9JIeKTPOHAa — K oOpasoBaHuio HUTpoKcmiaanmona (NO7) (puc. 39).
Hannune HecIlapeHHOrO 3JIEKTPOHA 00eCIeuMBaeT BBLICOKYIO CKO-
pocTth B3aummogeiicTBusaA NO ¢ MOJEKYJISPHBIM KHCJIOPOIOM U CY-
nepokcugoM (O;), IPOM3BOAHBIMU a30Ta U METAJJIaMU C IIEPEXO-
HO# BaJleHTHOCTBI0O Me™/?*. B GMOJIOTMUECKUX CHCTeMaX IIPU B3au-
mogeiicTBur NO ¢ MOJIEKYJIAPHBIM KHCJIOPOIOM 00pa3yoTcs APyrue
okcuabl ¢ obmieit opmysoit NO,. BaaumogeiictBue NO ¢ cynmepox-
cunom (O;) mpuBoguT K oOpasoBanuio mepokcuaurpura (ONOO),
a mpu B3aumogelicTeuu ¢ merasmaamu (Me*/?") — merana-NO mpo-
usBogubie. CrabuapHoCcTh Man pacuan NO 3aBUCUT OT ero KOH-
IEHTPAIUU, OKUCJIUTEIbHO-BOCCTAHOBUTEIBHOTO CTATYCA CHCTEMBI
¥ KOHIIEHTPAIIUU MOJIEKYJI-MUIIIeHeil 1 MeTaJLJIOB.

Peaxnuonnasa crmocooHocts NO jexxut B ocHoBe NO-3aBUCHMBIX
PeryJasATOPHBIX MeXaHHu3MOB, HO BMecTe ¢ TeM, NO MOKeT BJIUATH
HA OKHCJIUTEIbHO-BOCCTAHOBUTEJIbHBIA I'OMEOCTa3 KJIETKU He3aBU-
CHMO OT CUTHAJbHBIX MEXaHM3MOB. B 3aBHCHMOCTH OT YCJIOBUI
okcug aszora NO MoOKeT MPOSBIATHL KAaK AaHTUOKCHUIAHTHBIE, TaK
U TOKCUYHBIE CBOMCTBA.

Peaknusa mexnay mepekmcbio Bomopona (H,0,) m monamu pe-
IOKC-aKTUBHBIX METAJIJIOB YaCTO IIPUBOAUT K 00Pa30BAHUIO I'MIPOK-
cun-pagukaga (OH®). 9To cUIbHBIN OKUCIUTENb, KOTOPBIH CIIOCO-
0eH OKHUCJATHL MHOTHe OmomoJieKyabl. IIpucyrcrBue NO MoikeT oc-
JIaOUTh OKHUCJIUTEJIbHOE IMOBPEXKIeHMNEe, Ipegorspalnasd (GpopMupo-
BaHMEe OKCHUIAHTOB, CBA3bIBAS JKEJIe30 U CYIIePOKCHUIbI, OrPDAHUYUM-
Basi, TaKUM 00pas3oM, (pOpMHUPOBaHME TUAPOKCUJI-pagrKaja. BBLIO
MIPOIeMOHCTPUPOBaHO, uTo NO 3amep:KuBaeT TaKyKe IIEePEOKUCe-
Hue aunugoB. IlurosamurHbie cBoiicTBa NO y pacrteHuit HabJIO-
IaloTCA IMPU OMOTUYECKUX U a0MOTHUYECKUX CTPeccax, B TOM UHCJe
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npu GOTOOKHCIeHNU. B psAme ciyuaeB, HAIIpuMep, Ipu (hPOTOOKIUC-
JeHUM JUCTheB Kaprodesd, UIN IpU TrubdepessimH-0InoCcpeIoBaH-
HOM moBbInieHnr ADPK B KieTKax aielipOHOBOTO CJIOA CEMSAH SU-
MeHs IIPU IpopacTaHuu, 3auiuTHEIe cBoiicTBa NO mposaBiasoTca 0e3
AKTUBAIIUYA AHTUOKCUAAHTHBIX (PEePMEHTOB U KOAUPYIOIIUX WX Te-
HOB. OHAKO B YCJIOBUAX OKUCIUTEIHLHOTO CTpecca, IIpu KOTOPOM
B KJIeTKe HaKallJIMBaeTCs CcyIlecTBeHHoe KoymuecTBo ADPK, axTu-
Bupyorca NO-omocpemoBanHble 3all[UTHBIE CHCTEMBI.

NO mo:keT OKa3bIBaTh W TOKCHUUHOE AeiicTBue. ['JlaBHBIM 0o0Opa-
30M 5TO Habuapomaerca nmpu peakiuu NO ¢ CymepoKcHz aHMOHOM
(0;), KoTOpasa MPUBOAUT K 00PAa30BAHUIO CUJIBHOTO OKUCJIUTEN 1Ie-
poxcunuTpura (ONOO™). [IepOKCUHUTPUT MOMKET OKHCIATH THUOJb-
HBbIe TPYIIHI 0 CYJIB(GOHOBLIX U CYJIb(hEeHOBBIX Kucsor. Kpome Toro,
MIEPOKCUHUTPUT MOXKET HUTPUPOBATH (DeHUJIBHYIO IPYIITY TUPO3UHO-
BBIX OCTATKOB. ITO IIpemoTBpaiiaeTr (GochopuanpoBaHie TUPO3UHA
W HapyllaeT (PyHKIIMOHAJNLHLIE cBoiicTBa OeakoB. Tem He MeHee,
HUTPUPOBAHNWE TUPO3UHA IMTUPOKO MCIOJNB3YETCA IS MOIYJIAIUU
AKTUBHOCTU TOCPEJHUKOB B CUTHAJBHBIX CHUCTEMAaX.

MNyTn o6pasosaHua NO

B pacrurensHbIx KiaeTkax cuHTe3 NO OCYIIeCTBIAETCS Pa3ind-
HBIMU crnocobamu. K perysupyeMsimM mpoiieccam OTHOCATCS hepMeH-
TaTuBHBIe ITyTH obpasoBanusa. Oxcug aszora NO obpasyerca B TKa-
HAX JKUBBIX OPraHM3MOB M3 OPraHMYECKUX M HEOPraHUUYeCcKux cyo-
crparoB. K cy6erparam NO-curTe3upyomux GepMeHTOB OTHOCATCS
HUTPAThl, HUTPUTHI, aPIrUHUH ¥ IIOJMAMUHEI.

Hutpat/Hutpur-3aBucumble pepmeHTaTUBHbIE NYTU

Hurpar-penykraza. @epmenraTuBHoe obpaszoBanme NO y pac-
TEeHHUI TJIaBHBIM O0pPa30M CBS3aHO C AKTUBHOCTBIO HUTPAT-PEIYK-
tadel (NR). NR — pacTBOpmMBIil ITUTO30JIBHBIA (hepMEHT, KOTO-
PBIf UrpaeT KJIHUEBYIO POJIb B YTUIU3AIUN HEOPraHUUYEeCKOro asora
B (hopme muTpaToB. Hurpar-pemykrasa ydacTByeT B BOCCTAHOBJIE-
HUY HUTPAT-AHWNOHOB [0 HUTPUTOB:

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

HuTtputsl He HaKamJMWBAIOTCA B PACTUTEJIbHBIX TKaHAX, a BOC-
CTAHABJMBAIOTCA B HaJbHEHIIeM HUTPUT-PEAYKTA30M O aMMOHUIA-



SOOEKTOPHBIE MOJIEKY/IbI 1 BTOPUYHBIE MECCEHXKEPbI 123

HO# (OopMBbI, KOTOpAs majiee BKJIIUYAETCS B COCTAB OPraHUUYECKUX
COeIVHEeHUN.

Hurpar-penykrasa aBiasgeTcsS CIOKHONU PeJOKC-CHCTEMOI ¢ BHY-
TPeHHEeN KOPOTKOM IIeIIbI0 MepeHoca 3JeKTPOHOB. AKTUBHASA HUTPAT-
penykTasa aBigeTcA romommmepom ¢ Maccoir okoiso 200 k][. Ka-
JKIass U3 CyObeIUHUI[ CONEePIKUT TPU IPOCTETUUECKUE I'PYIIILI:
FAD, nuroxpom b u Mo-moaubmonrepus. Karanms conpsskeH ¢ me-
perocom napb!l 3aeKTpoHOB 0T NAD(P)H uepes FAD, remoBoe xe-
ne30 m mosaubaern Ha NO;.

B 1979 romy JI. Kaenmepom (L. Klepper) Onlia obHapyKeHA
CIIOCOOHOCTL HUTpPAT-PenyKTasbl mpoayiupoBaTh NO. OgHAKO BBI-
sicHeHUe ocobeHHocTel Kartanuda cuHTe3a NO u 3HaueHHE 3TOTO
IIpoIlecca CTaJI0 BO3MOKHBIM 3HAUUTEJBHO Mo3:Ke. OKasaioch, 4TO
NR moxxer BocctanoBuTh NO, (IIPOAYKT HUTPAT-PEIYKTA3HON pe-
aknuu) go oxkcuma aszora (II). Peakmus mpexacraBiser co0oit OmgHO-
SJIEKTPOHHOE BOCCTAHOBJIEHNE HUTPUT-aHMOHA (B KauecTBe BOCCTAa-
HoBuTeasa BeicTymaer NAD(P)H):

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

JTa aKTHUBHOCTH (hepMeHTa ABJAETCA KOHTPOJIUPYEMBIM IIPOIEC-
coM u peryiaupyerca nyreM (dochopunupoBanusa. Hurpat-penyx-
Taza obecmeunBaeT 6asaJbHBLIN ypoBeHb NO BO BceX TKaHAX pac-
TEeHUA U UMeeT BaKHOe 3HAUEHWE [JIA Pa3BUTUA CTPECCOBBIX DPe-
aknuii. Belo moxkasaHo, UTO y MYTaHTHBIX DacTeHUIl, He IIPOSAB-
JSIONINX HUTpAT-peAyKTasHoOWl aKTUBHOCTU, HapymnieHn ABK-zaBu-
CUMBIA MeXaHM3M 3aKPBLIBAHUA YCTBUII. VI3 5TOr0 OBLI cAejaH BHI-
Bog, uTo NR-omocpenoBauubiii cuaTed NO aBIseTca Ba*KHBIM dTa-
nmom ABK-zaBucuMO#l peryiaanuy COCTOAHUS 3aMBIKAIOIINUX KJie-
TOK YCTBUII.

Hutpur-NO peaykraza. B mauame 2000-x romoB y pacTeHuUii
Tabaka OBLII OOHApY:KeH IIasMaJeMMHBIN (epMeHT, KOTOPHBIH Ka-
ranmusupyetr BoccTaHoBiaeHne NO, n1o NO mMCKIIOUYUTEIBHO B KOD-
HeBbIX TKaHAX — HUTPUT-NO penyxrtasa (Ni-NOR). AKTHBHOCTH
9TOTO (DepMEHTa KOOPAMHUPYETCA C IJIa3MaJIeMMOCBA3AHHON HU-
tpaT-penykrasoii: Ni-NOR BoccTamaBimBaeT HUTPUT-aHUOHBI, 00-
pasoBaHHBIE HUTPAT-PEAYKTa30i. OTOT MyTh CUHTE3a MOJKET BOB-
JIEKaTbCA B MEXAaHW3Mbl Pa3sBUTHA, a TaKyKe B OTBET Ha HEIOCTA-
TOK KUCJIOPOJa U CUMOMOTHYECKNE B3aMMOIEHCTBUA.
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AprI/IHI/IH-3aBI/ICI/IMbIe nyTn CcHTE3a

NO-cunrasza. ¥ miaexonurtaionux odopasoBanme NO KaTaimnsu-
pyercs, raaBHbBIM obpadom, NO-cuutazoir (NOS). Itor hepMeHT
SABJISIETCS TeM-COIEPIKAIUM OeJIKOM, KOTOPBIM COAEPIKUT UeThIpe
IIPOCTeTUUECKHE TPYIIILI: Kejie3o-mporonoppupun IX, rerparuapo-
ouontepur, FAD u FMN. Axrususbiii pepmeraT NOS mpencrasiser
co00ii TOMOAUMED C MOJIEKYJIAPHOUN Maccoir okoso 260 xkll. O Ka-
TAJIUBUPYET MATUIIEKTPOHHOE OKMCJIEeHHe TePMUHAJIBHON aMUHO-
rpynansl L-aprunusa ¢ yuacTueM MOJIEKYJISAPHOTO KHUCJIOPOga U 00-
pasoBaHueM nuTtpyJanHa u NO.

2 aprunun + 3NAD(P)H + 40, + 3H" —
— 2 murpyaaus + 2NO + 3NAD(P)* + 4H,0

AXTUBHOCTD HEKOTOPBIX u3o(opMm NO-cHHTA3bl 3aBUCUT OT KaJlb-
MOJyJINHA, CBA3BIBAHNE KOTOPOTO OCYIIECTBIAETCA Uepes Crerudu-
yeckuil caiir. B TkaHax uemoBeka NO-cuHTasa Obliaa oOHapyKeHa
B TPeX OCHOBHBIX M30()OpMax: NBYX KOHCTUTYTHUBHBIX W WHIYIIH-
6enpHOM. KoHcTuTyTmBHAA popma NOS mpucyTcTByeT IOCTOSAHHO
B HepBHOI TKaHU (HelipoHanbHad NOS — nNOS) u suporenun (9H-
morenuanbHad NOS — eNOS). Unaynubensuaa dopma (iNOS) cun-
Te3UpPyeTcss IPU aKTUBAIMM UMMYHHOIN CHUCTE€MBI M UTrpaeT IeH-
TPAJBHYIO POJb B PA3BUTUN MMMYHHOTO OTBeTa. KOHCTUTYTHUBHBIE
dopmer nNOS u eNOS apasorca Ca’'-3aBUCHMBIMY, a MHIYIA0EIb-
Hasg opma iNOS — Ca?'-HezaBucumas.

Amnanus mocnenosarenbHoctu [JTHK mokasas, uTo y pacreHumit
HeT GeJKOB, OJM3KUX M0 cTPYKType NO-cuHTase MJIEKOMUTAIOIAX.
Xora ucnosb3oBaHue aHTuUTesS K NOS u cnenmuduuecKux MHTUOU-
TOPOB 3TOr0 (hepMeHTa MO3BOJIAeT mpenoaarars nagsuure NOS-mo-
MOOHOM aKTUBHOCTHU B PACTUTEJNBHBIX TKAHAX, YTBEPIKAATH O CYIIe-
creoBaruu NOS-11006HOTO (DepMeHTa y pacTeHuil ¢ MOJHOH yBepeH-
HOCTBIO HeJb3si. IMMyHO(DEpPMEeHTHBIN 1 WHIUOUTOPHBIN aHAJIUSEI,
HampaBJieHHbIe Ha ugeHtTuduramuio NOS y pacreHuit MoryT maTh
MIOJIOJKUTEJbHBIE OTBETHI B TOM CJIydyae, eCJIU aHTUTeJa U WHTHUOU-
TOPBI CBABBIBAIOTCA € ()ePMEHTAMM, KOTOPbIe MCI0Jb3yIOT L-apru-
HUH B KauecTBe cy0bcTpara, W MX aKTHUBHOCTH KOCBEHHO CBs3aHa
¢ mpoxykiueir NO.

ITouck depmenToB ¢ NO-cuHTAa3HON aKTUBHOCTHIO OBLI OCY-
I1IIeCTBJIEH cpeau GeJIKOB, He roMoorndHbix NOS MIeKOnuTaoImnx,
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HO MOXOKUX Ha 0eslKu, BoBJeueHHBIe B cuHTE3 NO y KMBOTHBIX
Y OPraHM3MOB IPYIMX TAKCOHOMHUYeCKMX rpymm. ¥ Arabidopsis
O0bL1 KjoHUpOoBaH reH AtNOSI1, KOTOPBII KOAUPYET MUTOXOHIPHAIb-
HBIA (pepMeHT, CXOAHBIN ¢ OeJKOM, MMEIOIIUM OTHOIIeHNEe K CHH-
Tedy NO y OproxoHororo moJutiocka Helix pomatia. Xors reHeTu-
YeCKUH IIOAXOJM IIoKasaj, uro 0esok AtNOS1 aBisercs riaaBHBIM
uctouHrnKoM NO, 3TO IpeAIoo:KeHle He MOATBePAnJIOCh, U B Ha-
crosaiee Bpema AtNOS1 paccmarpuBaeTcs KaK MUTOXOHIPHUAIbHAS
GTPasa, KoTopasa y4yacTByeT B OmoreHe3e pubOCOM U/WJIU CUHTE3€E
0eJIKOB M He MMeeT IIPAMOro OTHoImeHus K cuuTeldy NO.

IToruaMuH-3aBUCHMMBIH IIyTh 00pa30oBaHUA. Y DACTEHUU €CTh
depMeHTHI, KOTOPbIe KaTaJlu3WPYIOT IIpeBpallenue L-apruHuua
¥ KOCBEHHBIM 00pas3oM CBA3aHBI C CUHTE30M OKcHuaa asora. Ha-
nmpumep, y pacreauii Arabidopsis moimaMuHBI CIIEPMUH U CIIEPMIU-
IUH BBI3LIBAIOT 3HAUUTEJIbHOE YCUJICHNE IMIPOAYKIIUN OKCHUIa a30Ta,
TOrga Kak HapyllleHne CHHTe3a MMOJMAMHHOB OTPAYKAETCs HA CHU-
skeuun cuuTesa NO. IlpexamosaraioT, UTO CyIlleCTBYeT (DepMeHT,
KoHBepTupyoinuii moaruamMuuasl B NO. B To Xe Bpemsa caMu IIOJIH-
aMUHBI 00Pa3yIOTCA M3 aprUHUHA C YYACTHEM apTUHUH-CBSI3LIBAIO-
mux (PepMeHTOB, TAKMX KAK apruHasa WIN apruHUH-IeKapOOKCH-
nasa. ITocKoJIbKY apruHasa, apruHuH-gekapbokcuiaza u NO-cuH-
Tasa UCIIOJb3YIOT aprMHUH B KauecTBe Cy0OCTpaTa, OHH MMEIOT ua-
CTUYHO CXOIHBIE CBOWCTBA. B 4AaCTHOCTM, aKTUBHOCTH BCEX JTUX
depMEeHTOB PelpeccupyeTcsi CTPYKTYPHBIMU aHajioraMu L-apruuusa.
Kpome TOro, oHM MMEIOT OIPEeIEHHOe CXOJCTBO B O0JIACTH Peak-
IIMOHHBIX IIEHTPOB, II09TOMY MOTYT JaBaTh IIOJIOKUTEJLHBIN OTBET
Ha MpUMeHeHNe ONWHAKOBBIX aHTHUTeJ. TakuM 00pasoM, IIOMBLITKA
Bo3elicTBOBaTh B sKcmepuMenTe Ha NOS-mogo0HYI0 aKTHUBHOCTD
pacTeHUi IPUBOAUT K MOLYJISIHUYA aKTUBHOCTU ()ePMEHTOB IIOJIHA-
muH-3aBucumoro nytu cuaresda NO. Ecau y :xuBotubix NO-cuHTa3a
obeclieunBaeT IPAMYIO0 KOoHBepramuio apruauHa B NO, To B mojau-
aMUH-3aBUCHMOM MeXaHM3Me W3 aprUHUHA CUHTE3UPYIOTCSA IIOJIH-
aMHUHBI, KOTOPbIe majee mmpeodpasyorcsa B NO:

apruHuH — noauamMuuabl — NO.

CunTaioT, YTO IOJMAMUH-3aBUCUMBIA IIyTh y PacTeHUil obe-
CIeYMBAET CYII[ECTBEHHYIO YACTh CHUHTE3NMPYEMOI'O B PACTUTE]b-
HBIX TKaHax NO.
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HI/ITpI/IT—3aBI/ICI/IMbIe Hed)epMEHTaTI/IBHbIe nyTmn

B 6uonornueckux cucremax NO MOsKeT reHepUpoBaThCa Hedep-
MEHTATUBHBIM IyTeM U3 HUTPUTOB. B pacTeHuMAX 00HAPYKEHO He-
CKOJIBKO BO3MOJKHBIX CIIOCOOOB XMMMHUYECKOro BoccTaHoBIeHuA NO,
o NO 6es yuacTusa (pepMeHTOB:

1) B amomiacTe mpu HuU3KuX 3HaveHuax pH (sTa peaxmumsa

in vitro Mo:xeT KaTaJu3MpPOBATHCA ACKOPOMHOBOI KMCJIO-
TO¥1);

2) TOpu CBETO3aBUCUMOU KOHBEPCUU KapPOTHHOUIOB B XJIOPO-
mracrax;

3) B MumToxoHAPUAX BoccTaHoBiaeHUe NO, no NO MoskeT mpouc-
XOMUTh IIPU UCIIOJIH30BAHUY 3JIEKTPOHOB U3 3JIEKTPOH-TPAHC-
TOPTHOH IIemnu.

HedepmenTaTuBHble IyTH BOCCTAHOBJIEHUSA HUTPUTOB BHOCAT

OIIpeZleIEHHBIN BKJAJ B o0Iiee comep:kanue NO, omfHAKO BEIYIITUMU
MIyTAMU ABJIAIOTCA (hepMeHTAaTUBHbIE MEeXaHU3Mbl 00pa30BaHUA.

NO-curHanuHr

Oxcup azora NO — yHUKaJIbHOE HU3KOMOJIEKYJISPHOE COemnu-
HeHUe, 00Jiazaollliee CBOMCTBAMU KJIACCUUECKOTO BTOPUYHOTO MeC-
cermxkepa. NO ABIseTcA KOPOTKOMKUBYINEH MOJIEKYJION C HUBKOI
MOJIEKYJIIPHOM Maccoii, KoTopas CIIOcOOHA Jerko AupPyHIupo-
BaTh B TKAHSX, IPOHUKAS B KJIETKU uepes MeMOpaHbI 0e3 yuyacTus
CHenUaIn3uPOBAHHBIX MEPEHOCUNKOB. PeaKI[MOHHAA CIIOCOOHOCTH
mo3Bossier NO CBs3BIBATBCS CO CBOMMU MUINEHAMH — CHUTHAJIb-
HBIMU MOCPEeJHUKAMU — U MOJYJIUPOBATh UX AKTUBHOCTH. Baik-
HBIMU IIOCPEeIHUKAMU Ilepemadun curnaia, Hapagy ¢ NO, aBiasiorcs
noH HUTposdoHuA (NO') u nmpoaykT BaumogeiictBus NO ¢ cymepok-
cunom (O;) — mepoxcuuuTput (ONOO).
W3BecTHO TpU OCHOBHBIX MEXAHU3Ma, IIOCPEICTBOM KOTOPBIX
NO u ero mpousBOAHBIE MOAYJIUPYIOT AKTUBHOCTHL BHYTPUKJIETOU-
HBIX MuilieHeut (puc. 39).
1. HurposuaupoBanue meraninoB. NO KOMILJIEeKCyeTCs C Me-
TaJJI-cofep:KaliuMu O0eiKaMu, HeIOCPeICTBEeHHO MOIYJIH-
Pyd UX aKTHUBHOCTD;

2. S-HutposuaupoBanue nucremHa. Vlon Hurposonusa (NOY)
dopMUpPyeT C THOJOBLIMU TI'PYIIIAMU ITUCTEHMHA S-HUTPO30-
tuosa (RS—NO).
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3. HurpupoBanue tupo3uHa. BaumoneilicTBue MIEePOKCUHU-
Tputa (ONOO~) ¢ ocTaTKOM THMPO3UHA IMPUBOAUT K HUTPU-
POBAHHIO €r0 apOMAaTHUUYECKOr0 KOJIbI[A.

HuTpo3unupoBaHue meTannos

Brnepsbie cnoco6HOCcTr NO MOAyIMpOBaTh aKTUBHOCTH (DepMEH-
TOB ObLIa IIOKasaHa B KJETKaX IVIaAKOH MYCKYyJaTypbl MJIEKOIH-
TAIOIUX Ha IIpUMepe I'yaHMJIATIUKJIas3kl. l{uTommasmaTuueckas ry-
aHUJIATIINKJIAa3a KaTaausupyeTr cuHTesd mukianueckoro GMP (cGMP),
KOTOPBII peryaupyetr akTuBHOCTh cGMP-3aBucuMbIXx MUIIIEHEH,
B TOM umcje, KuHad. MomyaAnusa aKTHUBHOCTHA PACTBOPUMOI TIya-
HUJATIIUKJIAa3bl MJIEKOIUTAIOIINX OCYIIECTBJISIETCA IIyTeM CBS3BI-
BaHua NO ¢ remoMm. B pesyabrare o6pasyercs (peppo-HUTPO3IUII-Te-
MOBBI KOMILJIEKC, KOTOPBII HEOOXOAUM MJId aKTUBAIuU (pepMeHTa.
I'yanunaTinukaasa KUBOTHBIX SABJIAETCS I'eTePOIUMEPOM, COCTOS-
muM u3 cyobenuuutn o u . Obe cy0ObeAUHUIBI HEOOXOIUMBL [IJIS
MIPOSABJIEHUSA KATAJIUTUUYECKON AaKTHBHOCTH W MMEIOT N-KOHIIeBbIE
peryiasaTopHble u C-KOHIIEBbIe KaTaJUTHUYECKUe TOMeHbI. B cocras

HI/ITpO3I/IﬂI/IpOBaHI/Ie MeTannos

NO S-HUTpO3UNMpoBaHme
uucTenHa

- 1 . CH,-S"
No- «—=— NQ. —£~ NO* —
HUTPOKCUNAHWNOH NOH

HUTPO30OHUA —G—|
o, p CH,-S-NO

ONOO" nepokcunutput

SN
@0+ G

HuTprpoBaHwue Tnpo3rHa

Puc. 39. Mexauusmbr NO-curnanusamuu (mo Besson-Bard et al., 2008
C U3MEHEHUAMU)



128 MEPEJAYA CUTHAJIA BHYTPU KNETKK

PeryJasATOPHBIX JOMEHOB CyO'beIMHUII BXOAUT reMOBas TpyIna, He-
KOBAaJIEHTHO CBA3aHHAsS C 0EJIKOM.

VY pacrenuii He OLIIO 00HAPYKEHO TOMOJIOTOB I'yaHUJIATIIUKJIAS,
peryaiupyeMblXx OKCHUIOM a30Ta, OAHAKO CYIIIECTBYeT MHOXKECTBO Me-
TAJLJICOLAEPIKAIINX, B TOM UYHCJIE TreM-COAepPKAIlNX, PACTUTEIbHBIX
¢depMeHTOB, aKTUBHOCTb KOTOPBLIX IMOTEHIIMAJIBHO MOJKET PeryJiu-
poBatbca NO. OOHapy:kKeHO, UTO OKCHJ a30oTa B3aMMOAeHCTBYEeT
C JINIIOKCUIeHAa3aMU, MUTOXOHIPUAJBLHON U ITUTO30JbHON aKOHU-
TazaMu, KaTajlasoii, acKopOaT-IIepoKCUIa30i, IUTOXPOM C-OKCH-
Ia30i IMyTeM HUTPO3UJIMpPOBauHus MeTaymoB. OO0pasoBaHue HUTPO-
3uJI-MeTaLI-(hepPMEHTHOr0 KOMILJIeKCa IPUBOAUT K WHAKTUBAIIUU
YKa3aHHbIX (DepMEeHTOB.

NuaxkTuBanusa IIUTOXPOM C-OKCHUIA3bl CHUYKAET WHTEHCUBHOCTH
IIOTOKA 9JEKTPOHOB Uepe3 AbIXaTeJbHYIO Iellb U, COOTBETCTBEHHO,
uHrnoupyer cuutes3 AT® B MUTOXOHAPUSAX. B JaHHBIX YCJIOBUSIX
IIOTOK 3JIEKTPOHOB MOXKET IEePepPaCIpeneaThCA K aJbTePHATUBHBIM
TePMUHAJIBHLIM OKcHazaM. PYHKIIMOHUPOBAHUE aJIbTePHATUBHBIX
IePEeHOCOB 3JIEKTPOHOB 3HAUNTEJNbHO CHUKAET npoaykiuio ATO,
HO B TO K€ BpeMsd, CYII[eCTBEHHO YMEHBIIIaeT PUCK 00pasoBaHUSA
aKTUBHBIX (DOPM KHUCJIOPOjA.

Cpenu mumieneir NO ects HedepMeHTaTUBHBIE OeaKku. Hampu-
Mep, B KOPHEBBIX KJyOeHbKax 0000BBIX C OKCHIOM a30Ta B3aHMO-
JeHCcTByeT cuMOMOTHUUYEeCKU OeJiok Jieremorsiooun (Lb) ¢ o6pasosa-
HUEeM HUTPO3UJ-JereMorioounosoro xomiaexca (Lb-FeNO). Jle-
reMOrJIOOMH y4acTBYeT B TPAHCIOPTE KUCJIOPOAa B 0AKTEPUOUILI,
opmupysa obpaTumyio Gpopmy okcuieremorsodbuna (Lb-FeO,). Ilpu
B3aUMOIENCTBUM C KHCJIOPOAOM MOKET TaK:Ke o0pasoBaTbCsa (ep-
puteremorsiooun (LbFe!). 9ru gopmer (Lb-Fe'O, u LbFe!V) cmo-
cobOHBI 3(GEeKTUBHO OUUIIATh ITUTO30Jb 0T NO U MepOKCUHUTPUTA
(ONOO"), popmupysa murparel u LbFe', ®opma LbFe™ spdex-
TUBHO mpeobpasyercsa B Lb-FelO,. CuuraioT, 4TO 3TH pPeakIiuy OKa-
3BIBAIOT BAIMTHOE AelcTBUe Ha (QYHKIIMOHAJIBHO AKTUBHBIE KJY-
0eHbKM M YYACTBYIOT B IMKJIWYeCKOM obOpaiernuu Lb-Fe'O,.

Hexoropeie HecumOuoTuueckue rem-comepsxaimiue (Hb) Oenru
crmocobubl KouBepTupoBaTh NO B HuTpar NAD(P)H-3aBucumMbIM
crmocoboM. CHM:KeHNe BHYTPHUKJIeTOUHOTO ypoBHA NO mpu pasind-
HBIX CTpeccax ABJIAETCA OCHOBHOM sairuTHON (pyHKIuein Hb-0enaxu
B aJallTUBHBIX PEAKIIUSAX PACTEHUH.
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S-HUTpO3WINpPOBaHUe LUCTenHa

¥V pacreHUi UAeHTUPUIINPOBAHO 3HAUNTEIbHOE KOJUUYECTBO OeJI-
KOB, KOTOpBIE ITOJBEPrarTcid 00paTUMOMY S-HUTPO3UJIUPOBAHUIO.
9ty GeJKM BOBJIEUEHBI BO MHOYKECTBEHHBIE (DYHKIIMU KJIETOK: Me-
Tabo0n3M, (POTOCUHTE3, PETYIAINI0 OKUCIUTEJIbHO-BOCCTAHOBH-
TeJBbHOTO 0ajiaHca, afalTUBHbIE peaknuu u ap. IIporecc S-HUTPO-
SUJIMPOBAHUA IUCTEMHA IIPOMCXOAUT CIIOHTAHHO He()epMEeHTATHB-
HBIM ITyTE€M, HO He BCEe OCTATKU I[MCTENHA HUTPO3UIUPYIOTCSI B OLU-
HaKoBoOM cremeHu. Iyig 5(pHEeKTUBHOTO MPOTEKAHWS PEaKIUU He-
00X0MMO COOTBETCTBYIOIle€ AaMHUHOKHCJIOTHOE OKPYKEeHUe I[UCTe-
nHa. OnpegeseHHOe PACIIOJIOKEeHNe KUCIOTHBIX U OCHOBHBIX MOTH-
BOB MOJKeT obJieryarTsh WJIM, HA000OPOT, 3aTPYAHATH HUTPO3UJIUPO-
Banue. CyIiecTByeT TPy BO3MOXKHBIX BapuaHTA:
1) S-HUTPO3UIMPOBAHNE IPOMCXOAUT KOHCTUTYTHUBHO IPU (PO-
HOBBIX KOHIeHTpamusax NO;
2) S-HUTPO3UJINPOBAHMNE IIPOMCXOAUT IIPU MOBBIIIEHHBIX KOH-
neurpanuax NO, To ecTb B pe3yjabTaTe MHAYKIIUU CHHTE3a
OKCHIa a30Ta;
3) S-HUTPO3UIUPOBAHKE HE IPOUCXOAUT HU IPU KAKUX YCJO-
BUAX.
B 3aBUCHMOCTH OT IIOJIO}KEHUSA I[UCTENHA €ro HUTPO3UJINPOBaHUE
MOJKET IT0-Pa3HOMY OTPAYKaTbCA Ha COCTOSHUM M aKTUBHOCTHU OeJIKa.

HurposuiupoBanmne ABJsAETCA MPEUMYIIECTBEHHO 00paTUMOMN
MmonupuKale, 4YTO MO3BOJIAET HCIOJIb30BATH €€ B MeXaHM3MaxX
rnepefayr BHYTPUKJIETOUHBIX CUTHAJIOB. [[eHUTPO3UINPOBAHUE IIPO-
HWCXOAUT B BOCCTAHOBUTEJNBHBIX YCJIOBUAX C YUACTHEM TJIyTATHOHA
(GSH). IIpu stom ob6pasyercsa HurposorayratuoH (GSNO), xoro-
PRIl 3aTeM OKMCJSETCS HUTPO3orayTaTuoH-penykTaszoi (GSNOR)
0 TJIYyTATUOH-TUCYIb(uIa U moHa amMmMoHuA. CieayeT 3aMeTHUTb,
YTO IIPU OIPEeNeJeHHBIX YCIOBUAX HUTPO3OLJIYTATHOH MOJKET OBLITH
nosyyeH npu B3aumojeiicrBuu NO ¢ riayraTuoHOM, a IIOTOM WHC-
moJib30oBaTheAa Kak moHop NO s muTposusiaupoBanus O0enaxos. Ta-
KuM 00pa3soM, HUTPO3UIMPOBAHUE U JeHUTPOSUINPOBAHKE OCYIIECT-
BJISIIOTCSI CIIOHTAHHO He(EePMEHTATUBHBIM IIyTEM, IIPA 9TOM CMeIl[e-
HUe PaBHOBECUSA B CTOPOHY AEHUTPO3UJINPOBAHUS B BOCCTAHOBWU-
TeJbHBIX YCJIOBHUAX ObecreurBaeTCd HUTPOIOTJIYTATUOH-PeIyKTa-
3011, KOTOpas UrpaeT KJIIUEBYIO POJIb B BBIKJIIOUEHUU S-HUTPO30-
THOJI-OIIOCPELOBAHHOI0 CUT'HAJIA.
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CyII1eCTBEHHOCTh S-HUTPO3UJINPOBAHUSA B MEXaHU3Me€ PeryJs-
Y aKTHUBHOCTHU ObLIA ITOKA3aHa AJS PsSga PACTUTENbHBIX 0EJIKOB.

OpauM 13 O00'BEKTOB HUTPO3UJIMPOBAHUA SBJSIETCA METUOHHH-
agenosuarpancpepasa (MAT) — depMeHT KOTOPBIN KaTaIU3UPYET
CUHTEe3 S-aJeHO3UJIMEeTUOHNHA., OTO COeIUHEeHNe UCIIOIb3yeTCd KaK
WCTOUYHUK METHUJIbHOM I'PYMILI B PEAKIIUAX TPAHCMETUJIUPOBAHUS
U SIBJISAETCS IPENIIeCTBEHHUKOM B OMOCUHTE3€ STUJIeHa U II0JIHAa-
mMuHOB. ¥ Arabidopsis o0HapysKeHO Tpu m30()OPMELI METHOHUH-ae-
HosusTpaHchepassl (MAT1-MATS3). AxktuBHocts MAT1 B pesyiib-
TaTe S-HUTPO3UJIUpPOBaHuAa cHm:kaercsa Ha 30%, a MAT2 u MAT3
npakTuuecku He pearupyrorT Ha NO. IToxkasano, uto y MAT1 Hu-
TPO3UJIUPyeTcA mucTenH-114, KOTOPHIH pacmoiaraeTcsa B HEIIOCPe/I-
CTBEHHOI OJIM30CTH K CyOCTpPaT-CBA3BIBAIOINEMY IIEHTPY. AHaJIOTMU-
HBII ocTraTok muctenHa y MAT2 u MATS3 orcyrcTByeTr. S-HUTPO-
sunupoBanue MATI1, mo-BuguMoMy, SIBJISETCS MEXaHM3MOM Uepes
KOTOPBIA OCYIIECTBJISIETCS B3aUMOAENCTBUE MEKAY STUJIEHOBBIM
u NO-curnanamu.

Benok merakacnasza 9 (Arabidopsis thaliana metacaspase 9 —
AtMC9), npyHUMAaOIIUA ydyacThe B MexXaHU3MaX amoIlTo3a, KOH-
CTUTYTUBHO HUTPOIWJINPYETCA IIPENMYIIeCTBeHHO II0 MucTenHy-147,
PACIIOJIO;KEHHOMY B KaTAJUTHUYECKOM JOMEHe. ITa KOBAaJEHTHAS MO-
mupuranusa noagepsxusaer AtMC9 B HeakTuBHOM cocTtoAaHuu. IIpu
akTuBanuu anonto3Horo nytu AtMC9 moasepraercs meilicTBUIO pe-
ryJIATOPHOI mpoTeasdbl. B pesysibraTe 4aCTUYHOTO IIPOTEOIN3a KOH-
dopmanua AtMC9 usmeHnsercsa Tak, UTO APYroi muctemH-29 mpo-
CTPAHCTBEHHO 3aMeHseT IuCTenH-147 B KaTaJluTHUUYECKOM I[eHTpe.
IMucrenn-29 yyacTByeT B IPOTEOJUTUUECKON PeaKIINM, KaTaJlu3u-
pyemoii AtMC9, u ipu 5TOM He MOABepraeTcs HUTPO3UINPOBAHUIO,
KOTOpOe He IIPOUCXOAUT B BUIY OTCYTCTBUS COOTBETCTBYIOIIUX II0O-
cJeI0BaTEeJIbHOCTEM, 00JIeruaioninxXx HUTPO3UINPOBaHUe. AKTHUBA-
mua AtMC9 mpoucxoguT OJHOKpPATHO M HeoOpaTmMoO, TaK Kak Oe-
JIOK He MOJKET BEePHYTbCH B MCXOJHOE COCTOSHIUE.

Tnukonuruueckuii pepmenT 3-gocgoraniepaabaerun-Ieruapo-
reHasza (3PI'A-III') Taxkike moaBepraercsa S-HUTPOIUJIUPOBAHUIO.
9ra MomudUKAIUA MPOBOIUPYET CTPYKTYPHBIE M3MEHEHUS MOJIe-
KYJIbI, KOTOPbIe MPUBOAAT K HMHAKTHUBAIUU (PepMEHTa, a TaKiKe
MOBBIMIAIOT €T0 CIIOCOOHOCTL K B3aWMMOMAEHCTBUIO C APyruMu OeJ-
KaMmu. MuirreHu, ¢ KOTOPBIMI B3aNMOJEHCTBYET S-HUTPO3UINPOBAH-
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Haa 3PTA-IIT', u 3HaUeHHWEe 9TOT0 MeXaHW3Ma y PACTeHUI He BbIsAC-
HeHo. OTHAKO MB3BECTHO, UTO Y MJIEKOIMUTAIOIIUX HUTPO3UINPOBA-
Hue 3PT'A-IT', moMr©MO MHAKTUBAIIUU BTOTO (hepMEeHTa, CTUMYJIV-
pyeT ero cBA3LIBAHNE C YOMKBUTHHUPYIOINEHN jgurasoi Siahl. 9to
B3aMMOJIEMCTBIE CIIOCOOCTBYET IepeHocy Jjurassl Siahl B axpo, rae
OHAa YOUKBUTHUHUPYET ANePHbIe MUIIECHU U CTUMYJIUPYET UX Ierpa-
Ialuio, BKJIOUYAs TAKUM 00pPasoM MeXaHW3M allolTo3a — IIPOrpaM-
MHUPYeMOH rubeju KJIETOK.

HutpupoBaHue Tupo3uHa

o HemaBHEero BpeMeHU HUTPUPOBAHUE THUPO3WHA PACIIEHUBAJIU
KakK IMpU3HAK OKMHCJINTEJILHOI'0 CTPecca, KOTOPLII BBIPAXKaeTcsA B II0-
Tepe HUTPUPOBAHHBIMU OenKaMu cBoux (pyHKiuii. Kpome Toro, cy-
II[eCTBYIOT JAHHBIE O TOM, YTO HUTPUPOBAHHLIE OEJIKU 00/IaJai0T II0-
BBIIIEHHOM YYBCTBUTEJIBHOCTHIO K IIPOTE0an3y. MUIlleHr HUTPHUPOBA-
HUA ¥ PYHKIIMOHAJIBLHOE 3HAUECHNE 5TOH MOAM(pUKAIINN Y PACTEHMUHI
eiie He BbIscHeHBI. OTHAKO cefiyac IIPOJOJIMKAIOT HAKaIlJINBATBHCS
JaHHBLIE O TOM, UTO STOT IIPOIECC MMEeT BAayKHOe PeryasTOpHOe 3HAa-
yenue. IloMuMo 9TOTO €cTh cBeJeHUsI 00 0O0pPaTUMOCTH JaHHOU MO-
mupuranuu. Bce 3TO MO3BOJIAET CO 3HAUUTEJBHON J0Jeli yBepeH-
HOCTH MPEAIIOJOMKUTh, YTO HUTPUPOBAHNE OCTATKOB THUPO3WHA WC-
MMOJIB3YyeTCs B MIPHUPOJe KaK MOJHOIEHHBINA CUTHAJIbHEBIN MEeXaHU3M.

CBa3b NO n Ca?*-curHanos

NO u Ca?"-zaBrcUMbI€ CUTHAJIbHBIE IIYTH TECHO B3aWMOCBSA3aHbI
Mexay coboii. Crumynamnusa cuaTe3a NO OpUBOAUT K ITOBBIIIIE-
HUI0 KOoHIeHTparuu noHoB Ca?" B muromiasme 3a cyeT aKTUBAIUN
MeMOpPaHHBIX KaJbI[MEBLIX KaHAJIOB, JIOKAJM30BAHHBIX B IJIa3Ma-
JleMMe ¥ BHYTPEHHMX MeMOpaHaxX, I'JIABHBIM 00pasoM, B TOHOILIA-
cre u OIIP. CyliecTByIOT ABa OCHOBHBIX MeXaHW3Ma BO3IeHCTBUA
NO ma KaJibl[reBble KaHAJbI:

1) mpamoii — myTeM HUTPO3UJIUPOBAHUA KaHAJOB;

2) KOCBEHHBLIN — OIIOCPEIOBAHHLIM BTOPUUYHBLIMU MeCCeIsKepaMu
MUKJINYEeCKUM ryaHosuaMoHodpocharom (cGMP) u mukinue-
ckoii ameHosuHgudocharpudosoit (cCADPR).

CyiiecTByer Taks:ke odpaTHasa cBaA3b Mexkay NO u Ca%'. Hamnpu-

Mep, MOBBIIIEHNE IUTO30JbHON KOHIeHTpamuu noHoB Ca’", BhI-
3BaHHOe axkTuBanueil miaasmanemMvuoro Ca?'-kxamama CNGC2 mog



132 MEPEJAYA CUTHAJIA BHYTPU KNETKK

IeficTBHMEeM 3JIMCHUTOPOB, IMIPUBOAUT K ycujeHUio mpoaykiuu NO.
C11ocoOHOCTh MOHOB KaJIbI[US CTEMYJIUpoBaTh cuuTe3 NO mpeacras-
JisieT co0OU PeryJsATOPHYI0 IIOJOKUTEJbHYIO IIeTJII0, IIOCPEICTBOM
kKotopoit NO KOHTpPOJIHPYeT CBOII COOCTBEHHBIN CHUHTE3.

3.2.3. HykneotnguuknasHble CUrHaNbHble CUCTEMDbI

CurHajpHbIE MEXAHU3MBI C YUACTHEM ITUKJINUYECKUX HYKJEOTU-
OB (DbYHKIIMOHUPYIOT ¥ BCEX OCHOBHBIX IIAPCTB JKUBBIX OPraHM!3-
moB. OgHaKo GopMUPOBAHNE AAHHOM KOHIIEIIIUY 3aHAJIO OKOJIO II0-
aysexka. O ToM, UTO IUKJINYECKUH ameHodmHMOHOMpochaT (cCAMP)
BBIMOJIHAET (PYHKIIUU BTOPUYHOI'O MECCEHKepa B sKUBOTHBIX KJIET-
Kax, U3BECTHO ¢ KOHIla 50-X rofoB IBAAIIATOTO BEKA IIOCJE OTKPHI-
tusa Casepienga 1957 roma. Eite uepes gecaTunieTre aHAJOTMYHBIH
BBIBOJ, OBLJI cHesiaH s NPOKapuoToB. OAHAKO AJs PACTeHUH IJIu-
TeJIbHOE BPEMs He CYIIECTBOBAJIO HUKAKUX dKCIEPUMEHTAJBHBIX I0-
KasaTeJbCTB HE TOJHKO O (hYHKIIMOHMUPOBAHUU HYKJEOTUAIIMKJIIA3-
HBIX CUTHAJBbHBIX CHCTEM, HO Oa’Ke O HNPUCYTCTBUM B UX TKAHAX
MUKJINUYECKUX HYKJeoTuaoB. Ilo sToi mpuumbe B 1970-x romax
CJIO’KUJIOCH MHEHUE, UTO Y PACTeHUN He CUHTE3UPYIOTCA IMUKJIUYE-
CKHe HyKJeoTuaMmoHodochaTel, B ToM uucae cAMP, u me paboraroT
CUTHAJIbHBIE CUCTEMBI ¢ UX yuacTueM. OCHOBHAS NPUYUHA 3TOTO —
Ype3BbIYAHO HU3KUE KOHIEHTPAIIMHU 9TUX BEIeCTB y PaCTEHUIi.
Konmnenrpanusa cAMP B pacTUTeIbHBIX TKAHAX COCTaBJISAET MeHee
20 oM mHa 1 r cweIpoii Macchl, TOTJa KaK y JKHUBOTHBIX — 0oJee
250 oM. KoauuectBo cGMP y pacrenmnii, Kax IIpaBUJIO, MEHBIIIE
B 20—-30 pas, mo cpaBuenuio ¢ cAMP. Comep:rkaHre IIUKJINYECKUX
HYKJIEOTHUIOB CYIIIECTBEHHO DPa3JIMuaeTcsA B PA3HBIX TKAHAX W OP-
ramax pacreHuii. Kpome Toro, mx KOHIIEHTpPAI[Us MOKET 3HAUU-
TeJIbHO BapbUPOBaTh IIOJ BIMWAHWEM BHEIIHUX BoaaeiicTuii. Ha-
nmpuMep, B TUCTbAX Arabidopsis thaliana rounenTpanua cGMP mox
IelicTBEM aBUPYJIEHTHOro miramMmma Pseudomonas syringae mOBBI-
majack ¢ 0,4 1o 1 oM Ha 1 r ceIpoit Macchl.

O0HaPYKUTh ITUKJINYECKNE HYKJIEOTUIbl ¥ PACTEHUH CTAJIO BO3-
MOKHBIM TOJIBKO OJiarogaps yCOBEPIIIEHCTBOBAHUIO METONOB HIEH-
TUPUKAUY XUMUUYECKUX coequHeHUi. VcciemoBaHus IMOCen-
HUX IBYX AECATUJETUI MMO3BOJISIOT 3aKJIUYUTh, YTO, HECMOTPS
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Ha HU3KNe KOHIIEHTPAIINU I[IUKJINUYECKUX HyKJeoTuaMouHodocharos,
y pacTeHHil, KaK U y JKUBOTHBIX, (DYHKIIUOHUPYIOT HYKJIEOTH/I-
IIUKJIa3Hble CUTHAJNbHBLIE cucTeMbl. IloKasaHo, UTO C ydJyacTUeM
cAMP u ¢cGMP ocyimecTBidgeTcs peryaaiusa MHOTUX peaKIuii pac-
TEeHUI, B TOM YHKCJIe MOAYJAIMUS YCTbUYHOU TPAHCIHPAIUU, PO-
CTOBBIE PeakIuu, 3alUTHLIe MexXaHusMbl 1 Ap. OZHAKO M0 HACTO-
SINIero MOMEHTA CUTHAJbHBbIE MEeXaHW3MbI C yUYACTHUEM I[UKJIUYe-
CKUX HYKJIEOTHUIOB y PACTEHUI ABJISIOTCS HAMMeHee M3yUeHHBIMMU.

ApeHnnaTumknasHasa cuctema

(DepMeHTbl afeHUNaTUMKNasHoM CUcTemMbl

Apennnatiurnaaser (AIl) — aTo dep- H

MEeHTHI, KaTaJlu3upymwIiiue odpasdoBaHUe N N
nukiangeckoro AMP us ATP B nmpucyr- (/ Y
crBun noHoB Mg?". B pesyibrare peakiun s o N NJ

oTmienasaerca nmpodocharaaa rpymnima, O\ :

a Mexnay o-dpochaTroM U TrUIPOKCUIOM O;FI’\O > oH

3-To aToMa yrJiepoja ocTaTkKa pubo3bl 00- (¢}

pasyercs s(upHasd cBA3b. TakuM 00pasoM,  Pye. 40. Iuxaureckuit
MPOAYKTOM peakIuu sBiasercsa 3'-5'-cAMP ameHo3uHEMOHO(OChAT
(puc. 40) m mupodocdar. (3'-5'-cAMP)

ATP — cAMP + PPi

O6pasyommuiica BTOPUUYHBIA MecceHI:Kep 3'-5'-cAMP uaire za-
3BIBAIOT IUKJUUYECKUM ajgeHosmHMOHOo(PochaTrom uau cAMP Ges
YKasaHUs MOJIOXKEHUs TUAPOKCUJIIOB, YUACTBYIOIIMX B oOpasoBa-
HUU HUKJINYECKOH (pochomuspupHOil CBI3M.

Pacmennenne cAMP ocymectBiserca docdoguacrepaszou (PI).
AToT (pepMEHT T'UAPOJUIYeT IMUKJINUYEeCKYIo (hochoapupHyO CBA3D,
B peayabTaTre uero oopasyerca AMP. B saBucumocTu ot TOro, Ka-
Kue m30(popMbl PO HPOABIAIT AKTUBHOCTb, MOT'YT 00pasoBaThCS
nBe popmel AMP ¢ pasubIM mojokeHuneM (PpochOpHON TPyMIIbI:
5-AMP nmu 3'-AMP.

Hecmorpsa Ha TO, YTO aJeHMJIATIIMKJIA3BI PA3HBIX BHUIOB JKIU-
BBIX OPTAHM3MOB KaTAJM3UPYIOT ONHY U Ty K€ peaKIuio, OHU
UMeEIOT CYIIeCTBeHHBbIE PA3JMUYUsS B CTPYKType M MeXaHU3Me Pery-
aanuu. [Ipuuem 3HAUUTENbHBIE PACXOMKAECHUA OOHADPYIKMBAIOTCSA
IasKe 0 aMHUHOKMWCJIOTHOM ITOCJIEJOBATEILHOCTA KATAJIUTHUUECKUX
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nmomenoB. CyIiecTByeT HECKOJIbKO Kiaccudukrarnuit AIl Ha ocHOBe
IIEePBUYHON CTPYKTYPHI PA3JUUYHBIX (PYHKIMOHAJbHBIX TOMEHOB
9TuX (PEPMEHTOB M, I'NIABHBIM 00pasoM, Karaautuueckux. OmHaAKO
HU B OHY M3 9TUX KJacCU(PUKAIIUNA IOKAa ellle He BKJIOUEHBI pac-
TuTenbHble All, TOCKOJBKY CBeleHUS O HUX KpaiiHe OTrpaHUYeHBbI.

Memo6OpaHocBs3aHHBIE ameHUIaTIUKIA3bl (MAIl) maexkomuraro-
IMX IIPEICTaBJISIOT COOOI CJIOKHBIE MHTerpajbHbIe 0eKU TJINKO-
MIPOTEUHBI ¢ MoJieKyJIApHoi Mmaccoir 180—-200 k]I (1064—1248 amu-
HOKMCJIOTHBIX OCcTaTKOB). I[lommnentuaHasa 1memnb Bcex MeMOpaHHBIX
AIl 12 pas mepecekaer meMOpaHy, (QOPMUPYsS IBA MOLYJA, KasKaad
13 KOTOPBIX COCTOUT M3 6 TpamcMeMOpaHHBIX mJoMeHOB. Ha BHer-
Hell CTOpOoHEe IIJIa3MajJieMMbl HAXOLATCS TOJBKO HEOOJIbIIINE MeiK-
IOMEHHBIE MMOJUIENTUAHBIE YIACTKN, KOTOPbIe YACTUYHO I'IMKO3U-
JINPOBAHBI OJIUTOCAXaPUAHLIMY rpynnamMu. C UTOIIa3MaTUUYECKO
CTOPOHBI HAXOAATCA KOPOTKHIT N-KOHEI M 3HAUUTEJIbHO OOJbIINii
C-KOHeI MOJIEKYJbI, a TaK:Ke OOJIbIIOoi (parMeHT, PACIIOJIOKEeH-
HBIN MeXIY OBYMsS 6-TOMEHHBIMU TPAHCMeMOPAHHBIMHU CTPYKTY-
pamu. CpenHuil nmuTomaasmMaTtuueckuii pparmeaT m C-TepMUHAJIb-
HBIA ydyacToK moaunentumauou memnu All dopMupyooT aKTUBHBIN
IeHTP, BKJIOUYAKINNI yuyacTok cBaAsbiBanusa ATP, a Ttaxkike pery-
JSATOPHBIA caiiT, uepes KOTOPBIA OCYIIEeCTBJIAETCS B3aUMOIeCTBIE
depMeHTa C o-cyOobeguHHNIE rereporpumepHoro G-6enxa. Ilpenro-
JlaraioT, 4TO KaTaJIuTudecKass akTuBHOCTL All mposBisieTcss TOJBKO
y roMoauMepHOil opMbI (pepMeHTAa.

Mogyasamnus aktuBHOCcTH MAILL MJIEKOITMTAIONUX OCYIIECTBIAETCA
aBymsa tunamMu G-6eskoB: G, u G;. 9Ty GeJKM PasIUYaAIOTCA TOJIBKO
0-Cy0BeIUHUIIAMY, CIOCOOHBIMM ACCOIIMUPOBATH C AMMEPOM [y OfI-
Horo tuma. G, u G, aKTUBUPYIOTCA PA3HBIMU CUTHAJIAMU U OKAa3bI-
Bator Ha All mpoTumBOIOJIOKHOe Bo3dmeiicTBue. Ilpu HaIMYUM COOT-
BETCTBYIOIIIETO CTUMYJIA [3-afipeHepruuecKue PerenTopbl aKTUBUPYIOT
G,-6emok, a a2-agpeHepruueckue — G;-0esok. B 0boux ciyuadax
G-0eJIKM OUCCOIMUPYIOT, a BBICBOOOIKIEHHBIE O-CYOheqUHUIILI B3a-
umozenicTByOT ¢ MAIl. AKTUBaIIUA aJeHUJIATIINKIIA3bI TPOUCXOIUT
BCJIEZICTBUE 00pasoBaHUA KOMILIeKca ¢ o-cyobemuuuiieii G,-6enka,
Torga Kak o-cyobenmauiia G;-6eika yrueraetT akTUBHOCTH (hepMeHTa.

B mporecce momynupoBaHua akTuBHOocTu MAIL ompepesen-
HOe 3HaUYeHMe IpmoOperaroT Py-IuMepbl, KOTOPbIe BHICBOOOXKIA-
IOTCA OT COOTBETCTBYIOMINX O-CyObemuuuii. CumTamoT, 4TO CBOOO/I-
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HbIe y-KOMILJIEKCHI CBA3BIBAIOT O-Cy0ObequHUIBI G-0eJIKOB JPYyTOTO
TUIIa, TIpemoTBpalnas ux BausHme Ha MAII.

B HacrosInee BpeMsa y MJIEKOMUTAIONINX UAEHTU(MUIINPOBAHO
9 usodopm AIl. OHM OTIAMUAIOTCSA IO YYBCTBUTEJNBHOCTU K MOHAM
KaJbIIUSA U PeryJUPYIOTCa pasauuHbiMu Tunamu G-6enrxos. B mo-
nynanuu aktuBHOCcTU MAIL MoryT yuacTBOBaThH O-CyOBEIUHUIIHI,
By-numepsi, moubr CaZt, Kampmonyauu. Ilpuuem B3ammomeiicTBUe
9TUX CUTHAJIOB YaCTO IMMPOUCXOJUT C BHICOKOU CTEIeHBbI0 CUHEPTHUY-
HOCTHU. B pAme cayuaeB afeHMIATIINKIA3a MOMKET paboTaTh KaK JaT-
YUK COBHOANEHUA, MOJIydyas U WHTETPUPYSA CUTHAJBI OT ABYX pas-
HBIX pelenTopoB uepes G-0eJIKM WMIM APYyrHe BHYTPUKJIIETOUHBIE
CUTHAJIbHBIE MOJeKYJbl. IIpu sTOM 3amMeTHas aKkTuUBaIus (UIU pe-
mIpeccusi) IPOMCXOMUT B CJIydyae, €CJIM [Ba PeIlenTopa PasjImuHOTO
KJlacca aKTUBUPOBAHBI OJHOBPEMEHHO.

AxtuBHOCTE MAIl BO3OYAMMBIX KJIETOK JKMBOTHBIX, HAIIPUMED
HEeWPOHOB, MOKET UBMEHAThCA Npu (GIYKTyarum MeMOpPaHHOTO II0-
TeHnuaja. VlsMeHeHre 3apsaga Ha MeMOpaHe cIocoOCTBYeT cMelle-
HUIO TPaHCMeMOpPaHHBIX JOMEHOB OTHOCHUTEJIbHO APYT APYyra, YTO
B KOHEUHOM HTOTe OTpa’skKaeTcd Ha aKTHUBHOCTU (hepMeHTa. B saTom
cayuae All cmocobHa caMOCTOATEIHLHO MOAYJUPOBATH BHYTPUKJIE-
TOYHBIE CUTHAJBI B OTBET HA CTUMYJI 0e3 ydyacTusd peIlernTopa.

3HauuTeIbHOE BIMAHUE Ha aKTUBHOCTH MAIIl okaswiBaeT Ko-
BaJiIeHTHad MoauuKaiuda myrTeM (pochopuamrpoBaHUA cleliupuue-
cKuMu KuHazaMu. @PochopunupoBanue nsmenser cocrosuue All ra-
KuM o0pas3oM, UTO OHA CTAHOBUTCA B OOJIbITIEel (MU MEHBIIIell) cTe-
MeHW BOCIPUUMYMBA K aKTHBAIIUU PA3JIUUYHBLIMU CTUMYJIaMU.

PacTtBopumsbie ameHunatinuraasdsl (pAll) miekonmuramomIiux
CUHTE3UPYIOTCA B HEAKTUBHOU IOJHOpPasMepHOi (opme (0KOJO
190 k/1), Torma KakK akKTUBHBIN (hepPMEHT IIPeJICTaBJIAET CO00 aMu-
HOKOHIIeBO¥ (hparmeHT npenriectBeHHuKa (MeHee 50 k). B N-KoH-
IeBOIi YacT! IIOJTHOPA3MEPHOUM MOJIEKYJIbI (DepMEeHTa JIOKAJIN3YIOTCS
IBa KaTAJIUTUUYECKUX JOMEHa, a B KapOOKCUTEePMUHAJIbHOI 00JacTu
PacmoJIo}KeH aBTOMHTMOUTOPHBINA noMeH. TakuM oOpasom, B OCHOBE
co3peBanus pAIl JeKUT TPOTEOTUTUUECKUN MeXaHU3M. B oTauume
or meMmOpauHbIX All, akTHBamuAa PacTBOPUMBIX (DOPM OCYIIECT-
BiIsercs 0e3 yuactua G-0enkoB. AKTuBHOCTBL PAIl cyriecTBeHHO
3aBHCUT OT KOHIleHTpamuu noHoB Mn2?" m Gurap6omara (HCO;).
Cumraior, uto wyBcTBUTEeNbHOCTh K moHaM HCO; mosBoiaser pAll
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BBITIOJTHATH POJIb CEHCOPA MeTaboJMYeCcKOil aKTUBHOCTHU KJIETKH,
TaK KaK KOHIeHTpaIusa OMKapOoHaTa HAIPAMYIO 3aBUCUT OT WH-
TEHCUBHOCTHY SHEPreTUYECKUX OKUCIUTEJIHHBIX ITPOIECCOB: KOHEU-
HBIM TIPOAYKTOM OKmcaeHus ABisgercad CO,, KOTOPBIN KOHBEPTUPY-
eTcs KapOoaHTHUApasaMHU B MOHBI OmKapOoHAaTa.

AneHusaTuuKIa3bl pacreHuii. MzohepMeHTHBIN cocTaB aje-
HUJIATIIUKJIA3 PACTEeHUH He M3yUeH, MpudyeM OOJIBIIIMHCTBO TaH-
HBIX 00 »THUX (pepMeHTaX MMEIOT KOCBEHHBIN xapakTep. HekoTo-
pble MOHBI IBYXBAJIEHTHBLIX METAJJIOB OKa3bIBAIOT Pa3JMUYHBIN,
a MHOTIA U TPOTUBOIOJIOKHBINA d(MGMEKT Ha aJeHUJIATIIUKIASHYIO
aKTUBHOCTDH, ACCOIIMUPOBAHHYIO ¢ MeMOpaHaM¥ B PACTUTEJIbHBIX
TKaHAX. ITO YKa3bIBaeT Ha MPUCYTCTBUE Y PACTEHUN HECKOJbKUX
u3odopm MeMOpaHOCBsA3aHHON ameHmaaTiiukiaasbl (MAIL). Hanuune
pactBopumoit ¢opmbl (pAIl) sToro dhepmenTa MHOTUMU HCCJIETOBA-
TeJIAMHU CTABUTCA IIOJ COMHeHUe. BmectTe ¢ Tem, mpejarojaraercs,
YTO Y pacTeHUU (PYHKIIMOHHPYET aJeHuJaTIIUKJIa3a cjiabo accoIiu-
UPOBaHHAA C KJETOUHBIMHU OpPTaHeJIJIaMU U dJIEMEHTaMHU ITUTOCKe-
Jera. dra ¢popMa, TO-BUAUMOMY, SBJSETCS IMOBEPXHOCTHBIM MEM-
OpaHHBIM OEJIKOM, KOTOPBIII He MMeeT TPaHCMeMOpaHHBIX JOMEHOB.

dochomguscrepaspl. PochoauscTepasbl IPEACTABIAIOT OOJIBIITYIO
rpynny (pepMeHTOB, KOTOPbhIe PACINEeNJAT IHUKJInYecKue docdo-
nusdupbl. OTgenbuble 130OPMbI PO JKUBOTHBIX IIPOABJISIOT CYyO-
CTPATHYIO CHeIM(MUUHOCTh B OTHOIIIEHUN 3’5’ -IMTUKINUYECKUX HYKJe-
orugmonodocharo (cCAMP, cGMP) unu 2'3'-uKINYECKUX HYKJIEO-
TugoB. Pochoauscrepassl, pacuiemasioniue cCAMP u cGMP, ¢pyHK-
IMUIOHUPYIOT B HYKJEOTUAIIUKJIA3HBIX CUTHAJIBHBIX CHUCTEMaX, a P9,
cueruduyabie K 2'3' -IMIUKJINUYECKUM HYKJEOTHIAM, YUaCTBYIOT B Je-
rpagamuu PHEK.

BonpmuuacTBO pacTuTeabHBIX PI 06JIamal0T MeHbIIel cy0-
CTPATHOH CcIenu(pUUIHOCThIO, IO CPABHEHHUIO C JKUBOTHBIMH (ep-
MEHTaMHu, U MOTYT PacCHIeNJATh He TOJbKO 3'5'-muKiodocdarsl,
HO u 2'3'-IMUKJINUYecCKNe HYKJeoTuAbl. Kpome Toro, gocdomguscre-
Pasbl pacTeHHuil BO3MEMCTBYIOT Ha (ochommnsdpupHYIO CBSI3b C pas-
HBIX CTOPOH OTHOCUTEJIHHO (POCHOPHOI I'PYIIILI, B Pe3yJbTaTe Yero
o0pasyeTcsa He OOWH, a CMeCh IIPOAYKTOB peakiiuu. Hampumep, Opu
pacmiemiearuu cAMP o6pasyercsa cmech 5-AMP u 3'-AMP. Coor-
HOIIIeHNE STUX IPOAYKTOB 3aBUCUT OT u30(popMbl PO u ycaoBuii,
OMHAKO B OOJIBIIIMHCTBE CJIy4YaeB M3 IBYX BO3MOKHBIX ITPOIYKTOB
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npeobsamaer 3'-AMP. IIpu KaTaluTUUYeCKOM AEHCTBUU KUBOTHBIX
dochoamacrepasd Ha cAMP miau ¢cGMP nmpeumyiiiecTBeHHO 00pasy-
IOTCS COOTBETCTBYIOIIME 5'-MOHOHYKJIEOTHUIBI.

Ponb cAMP B perynauma akTMBHOCTM NPOTEUHKNHA3bI A YKUBOTHbIX

IIpoTeMHKMHA3BI A — 3TO CEPUH/TPEOHNHOBLIE IIPOTEMHKNHASEI,
aKTUBHOCTH KOTOPBIX peryaupyerca cAMP. B meakTuBHOM cOCTO-
SHUYW IPOTEMHKWHA3bI A CyIllecTBYIOT B Buje TerpamepoB C,R,, Ko-
TOpbIE COCTOAT M3 ABYX Karamnutuueckux (C) m AByX peryJsaTop-
vEIX (R) cy6menuuun (puc. 41). Perynaatopuble cy0ObeUHUIIBI 00-
pasyoT IpouHo cBazaHHBINA qumep (R,), KOTOPHI coxpaHAETCA IPU
nuccormaruu Terpamepa. CTabUIbHOCTE CTPYKTYPHI TeTpaMepa Ioj-
Iep:KMBaeTcsda 3a CUeT CJAa0bIX B3aMMOMEHMCTBUIN MeXKIY aKTHUBHBIM
IIEHTPOM KaTaJIUTUYECKUX UYACTHI[ M I[ICEeBIOCYOCTPATHBIMU IIOCJe-
[IOBATEJBHOCTSAMU PETyJIATOPHBIX cyOobenquuuil. IlceBmocyocTparnas
mocaenoBaTeabHOCTh (—RRGAI-) orinuaeTcs OT mociejoBaTeIbHO-
ctu cyberpara (—RRGSI-), B KOoTOopoii oCcTaTOK cepuHAa IIOABepra-
eTcsa (GochopUINPOBAHUIO, HaIUUUeM ajaumHa (A) BMecTo cepuHa
(S). Kaxkmas R-uacTuila mMeeT ABa ydacTKa cBA3biBaHusa cAMP.
B pesyabrare mpucoegunenus 4-x mosekys cAMP K gBym peryJis-
TOPHBIM CyOBeIMHUIAM, U3MeHAeTCs KOH(MOPMAIUA IOCIeJHUX,
YTO NMPUBOLUT K BBICBOOOMKIEHWIO ABYX OTHEJIbHBLIX KATAJIUTHIUE-
CKUX CYO'BeIWHMUII.

CuHTE3 pacuienneHue
cAMP BbICBOOOXAEHVE cAMP cBA3bIBaHME

ATP KaTaIMTUYeCKmX KaTanmnTnyeckmx
cy6beguHmL cy6beguHmL

Puc. 41. Perynsanusa akTUBHOCTU IPOTEMHKWHA3BI A JKUBOTHBIX.
YcimoBHBIE 0003HAUEHUA:

PKA — karanuTudecKue CyObeIUHUIILI MPOTeNHKNHA3EI A; R — peryns-
TOPHBIE CyObeIUHUIBI TPpoTenHKNHAa3bl A; AC — agenumnarinukiasa; PE —
dochomgmacTepasa
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Karanuruuecku akTtuBHbIe cyobenuHuIbl C Gochopuanpyor
0eJIKM, MMeIoIe XapaKTepPHbIe II0CJIeJ0BATEIbHOCTH, MOIAYJIUPYS
UX aKTHUBHOCTh. Ilocie mmcconmanuy TeTpaMepHOTO HEeaKTHUBHOTO
KoMIIekca cBsidb CAMP ¢ peryasaTopHBIMU CyObeIMHUIIAMU OCJIa-
OeBaeT. AKTUBHOCTh IIPOTEMHKUHA3bI A 3aBHUCHUT OT KOHIEHTpA-
nuu cAMP, a cooTBeTCTBEHHO, X OT COOTHOIIEHUS AaKTHUBHOCTEH
ameHUJIATIINKIAa3sl u (ochomuscrepasdsl. [Ipu ycTpaHeHUU BHEIII-
Hero CTUMYyJia, KOTOPBII akTuBupyer cuHTe3d cAMP, comep:kaHue
BTOPUYHOT'O0 MECCEH[Kepa CHUKaeTcd. PeryjasiTopHBIH AuMep Ipu
HU3KOU KoHIleHTpanuu cAMP cBsasbiBaeT M MHAKTHUBUPYET KaTa-
JIUTAYECKUE CYO'beqUuHUIIbI.

IIporenakmHa3a A Obljaa BBISIBJIE€HA Y BCeX JKMBOTHBIX. OTOT
depMeHT BBIMOJHSIET BasKHEHIINe PeryJaTOpPHble (QYHKIUU, II0-
CKOJIBKY (hochopuINpyeT MHOTrME ITUTOILIa3MaTUUYECKNe U siIepPHbIe
0eJIKu, B TOM UHCJIe THCTOHBI. AKTHUBaIUA NMPOTEeMHKUHA3 A IIpu-
BOAUT K MOAYJSIIUY AKTUBHOCTU (PEPMEHTOB, TPAHCKPUIII[HMOH-
HBIX WU XPOMATHUHOBBLIX (haKkTopoB. Taxum o0pasoM, IPOTEMHKMU-
Hasbl A y4acTBYIOT B PEryJIATOPHBIX MEXaHH3MaX, KOHTPOJIUPYIO-
X HE TOJbKO MEeTAabOJMUYEeCKYI0 aKTHBHOCTb KJIETKH, HO TaKiKe
SKCIIPECCUI0 TeHOB M IIPOIECChl PeMOIeJMPOBAHUSA XPOMAaTHHA.
Benku, romosiornuHble IIPOTEeMHKNHAa3aM A, y pacTeHU obOHapy-
JKeHbI He ObILJIN.

3HaueHune cAMP B perynAumuy akTMUBHOCTU KaTaboNUTHBIX FeHOB Y 6aKTepuii

V¥V rereporpodHubix 6akTepuit cAMP yuacTByeT B aKTMBaIluU Ka-
TabOJIUTHBIX T'€HOB, KOAUPYIOIINX OeJIKM, HeOOXOquMbIe OaKTEePUIM
ISl YTUJIW3AlUY aJIbTePHATUBHBIX MCTOUHUKOB IUTAHUS B YCJO-
BUAX HEJOCTAaTKa TJIIOKO03bl. JKCIIpeccus OOJBIINHCTBA OIEPOHOB,
HeCyIIuX KaTaboJUTHBIE MeHbl, KOHTPOJUPYETCS IIOCPEACTBOM He-
CKOJIbKUX MEXaHU3MOB, ONHUM 13 KOTOPBIX ABJSAETCHA IMO3UTHUBHASA
UHAyIUOeabHaA peryasanusa ¢ yuactuem cAMP. B obsactu mpomo-
TOpa TAKUX OIEPOHOB HAXOAUTCH YUYACTOK CBASBIBAHUS 0COOOT0 pe-
ryJISTOPHOTO OejiKa, KOTOPBIN Ha3bIBAIOT 0€JI0K, AKTHUBUPYIOLIUI
rarabomutHsiii reH uiu CAP (catabolite activator protein). CAP
obeclieunBaeT [OIOJIHUTEJIbHLIE caiThl cBasbiBanus PHEK-moimume-
pashkl ¢ IPOMOTOPOM OIIEPOHA U SABJIAETCS YCHUJIMBAIOIUM (axTo-
poMm mHAyKIuu skcupeccuu. CpoacrBo CAP ¢ mpomoTopom 3aBu-
cut ot KoHieHTpanuu cAMP B xkierke. IloBhIllleHre KoJamuecTBa
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cAMP cmocob6erByer yeunmenuio B3aumomeiictsus CAP ¢ mpomoTo-
PpOM 1, COOTBETCTBEHHO, aKTUBAIINU SKCIpeccuu, u HaobopoT. KoH-
neatrpanud cAMP 3aBUCHUT OT aKTHBHOCTH alfeHUJATI[NKJIA3bI
u pochoamacTepadbl. AKTUBHOCTh 000uX ()ePMEHTOB ajlJIoCTepuue-
CKHU peryjampyercs TIJIIOKo30i (puc. 42). AmeHujaTiiuKjaasa WUHTH-
OupyeTcs TJIIOK030i, a (pochoamacTepasa, Ha000POT, — AKTUBUPY-
ercsa. Takum oOpasom, ecau KOHIIEHTPAIUA TJIIOKO3bI JOCTATOUHA
IS MUTAHUA KJIETKH, TO aKTUBHOCTb aJleHUJIATIINKJIA3bl HU3KAad,
a (ocoauscrepassl — BBICOKAsSA. [109TOMY HpU HAJUUUU TJIIOKO3BI
B KJIeTKe MIOJJep:KuBaeTcad Hu3Kas KoHIeHTpanus cAMP. CHuxe-
HUe KOJIMYEeCTBa TJIIOKO3bl IPUBOJUT K IPOTUBOIOJOKHOMY 3d-
(eKTy: aJeHUJATIIUKIIA3a aKTUBUPyeTcd, a (gocdoauscrepasa, Ha-
obopoT, yraeraercsa. B pedyabTarTe yBeIUMUYMBAETCA KOHIIEHTPAIUS
cAMP, B upucyrcrsuu koroporo CAP cBa3bIBaeTCs ¢ IPOMOTOPOM
U YCUJIWBAET TPAHCKpUNIIUio. KOHTPOJIbL aKTUBHOCTU KaTabOJIUT-
HBIX omepoHoB uepe3 CAP 3aBUCHUT OT KOHIEHTPAIIUHU TJIIOKO3LI
B cpelie 1 B KJeTKe. Tak Kaxk y Oaxrepuii cuates cAMP axkTusu-
pyeTcs B YCJIOBUAX HEJOCTATKA TJIIOKO3BI B Cpelie, 9Ty PeryJaTop-
HYIO MOJIEKYJIy TaK:Ke Has3bIBAIOT «CUTHAJIOM ToJioga» OaKTepuii.

afieHunaTumnknasa

Hr,,,
)/<\ W
@ .cAMP PP,

¢oc¢op,v|3c1epa3a

cunenyte

yev
3KCpeccun

PHK-nonumepasa

Puc. 42. MexaHU3M IIO3UTHUBHON UHIAYIIMOEJBLHON PEryJaiuu KaTaboJIuT-
HBIX I'eHOB y 6aKTepuii ¢ yuactuem cAMP (Ha mpuMepe JaKTO3HOTO OTIEPOHA).
YcaoBHBIE 0003HAUECHUA:

CAP — 0GesloK, aKTUBUPYIOIINI KaTaOOJIUTHBIN I'eH; lac] — peryasiToOpHbIH
red, KOAupymoIuili naruburop lac-omnepona; lacP — mnpomorop; lacO —
omeparop; lacZ, lacY, lacA — cTPYKTypHBIE TeHbI, KOAUPYIOIE COOTBET-
CTBEHHO [3-TaJIaKTO3UAa3y, IepMeasdy U [3-raJakTO3UITPAHCAIIETUIAZY
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cAMP-perynupyemble 6enKku pacteHuii

B 'KMBOTHBIX KJIETKAaX OCHOBHBIMU MutieHamu cAMP aBisiores
MPOTEeMHKUHA3bI A ¥ MOHHBIE KAHAJbI, OTKPbIBAEMbIe ITUKJINUE-
ckumu HyKJeotugamu (cyclic nucleotide-gated channels — CNGCs),
MO3TOMY ObLiIa MPEeAIPUHATA MOMBITKA MMOWCKA MOJO0HBIX OEJIKOB
y pacreuwnii. IIporenuKknHasza A-momo0HbIe ()ePMEHTHI, aKTUBHOCTH
KOTOPBIX Peryaupyercd IUKJINUYECKUMU HYKJIEOTHIAMU, y pacTe-
HUM He ObLIM OOHapysKeHbI. [IOMCK TaKUX KWHA3 IMIPOBOAUJICS OUO-
“HOOPMAITMOHHBIMU MeTogaMu (IT0 HAJIWNYUIO IIOCJe[0BaTeIbHOCTEeH,
TOMOJIOTMYHBIX IIOCJIEL0BATEIBHOCTAM MMPOTEMHKUHASHI A KUBOT-
HBIX), ¥ OMOXMMHUUYECKUMHU C MCIIOJb30BaHUEM CyOCTPaToOB, Xapak-
TEPHBIX A KMHA3 MJIEKOMUTAINNX. Helb3sd UCKIIUYATH BOZMOIK-
HOCTB, uTO y pacrenuii cAMP-peryiupyemble MPOTENHKUHA3BI 00-
JIaal0T HU3KOU TOMOJIOTMEN K aHAJOTUYHBIM (PepMEHTAM KUBOT-
HBIX U MIPOSABJSAIOT CIEIN(PUUHOCTS K MHOMY cyOcTpary. Takum 06-
pasoM, HECMOTPsS HA OTCYTCTBHE Yy PACTEHWI NPOTEeMHKUHA3BI A,
BOIIPOC O TOM, yuacTByIOoT Jau cAMP-peryiaupyemble MPOTEUHKU-
Ha3bl B CUTHAJIBHBIX MEXAaHMU3MaX PaCTeHUI, OCTAeTCA OTKPBHITHIM.

WMoHHble KaHaJNbl, OTKPbHIBA€Mbie IUKJINYECKUMU HYKJEOTHU-
mamu (CNGCs), y pacteHuit ObLI O0HAPYKEHBI, IPUUYEM TOKa3aHO
UX yJacTue M B TPACAYKIIMOHHBIX MeXaHU3MaX.

CNGC pacrtenmii. IlepBoiii MOHHBIH KaHAaJ, KOTOPBLIN OBII OXa-
paKTepn30BaH y PACTEeHUI KaK KaHaJ, OTKPbIBAEMBIN I[UKJIUYe-
ckuMu HyKJeorugamu, O0b11 AtCNGC2. 9to K'-Kamaa, KOTOPBIH
CIoco6eH MPOBOAUTHL MOHBI K' 1 Ipyrue MOHOBaJIEHTHBIE KATUOHBI,
3a uckJgouenuem Na'. IHTeHCUBHOCTH TPAHCMEMOPAHHOI'0 IIOTOKA
MOHOB Yepes 9TOT KaHaJl mpaMo 3aBucut or cAMP. OxHako Ha ak-
TuBHOCTL AtCNGC2 BimamT He ToabKO CAMP, HO W MOHBI KaJb-
IUA: MUKPOMOJSAPHBIEe KoHmeHTpanuu Ca%t omoxkupyor AtCNGC2.

B macrosmee Bpema y Arabidopsis 6osee 20 6eakoB paccma-
TpuBaoTcA Kak npexacraputenu cemeiictrea CNGC. Cpegu HuUX ecThb
KaHaJbl, CHEIMAJU3UPYIOINeca Ha TPAHCIOPTE MOHOBAJEHTHBIX
UM IBYXBAJEHTHBIX KATUOHOB. IIpeAooKUTEeNbHO, MOJEKYJIbI
CNGC miects pa3 mepecekaioT meMmoOpany (momennsl S1-S6), mpu-
yeM KOHIIeBbIe YUACTKHU JIOKAJIU3YIOTCA C IIUTOILIA3MATUIECKON CTO-
poHBI MeMOpaHbl. MeKay TpaHcMeMOpaHHBIMEU AoMeHamMu S5 u S6
HaxoxuTcss mopoBhiii momeH (P-loop). Ha rap6okcuTepMuHaIBLHOM
yUYacTKe MOJIEKYJIbI PACIIONATAIOTCS [UKJINUYECKUNA HYKJICOTUI-CB-
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spiBaromuit (CNB) u Ca?'-kanpmopyiauH-cBaseiBaoruii (CaMB) mo-
MeHbI, KOTOPbIE€ YACTUYHO IEePEKPHIBAIOTCA. BepoATHO, IpucoequHe-
nue Ca’"-ganpmonynuua ¥ CNGC mpegoTspalljaeT ero akTHUBAIUIO
nukanueckuM AMP. CNG-kaHaJabl pacTeHU U KUBOTHBIX MMEIOT
BBICOKYIO cTemeHb romoJjoruu. Oguaxko B moserkyiae CNGC xuBoT-
HbIXx CaMB-10MeH HaXOAuTCA B aMUHOTEPMUHAJIBHON 00JIACTH MO-
aexyabl. @yHkmuonaabable CNGC KUBOTHBIX SBJISIOTCS IeTepo-
Terpamepamu. CTpyKTypa (pyHKIMOHAIbHO aKTUBHBIX CNG-kaHa-
JIOB V PacTeHUI HEeM3BEeCTHA, OJHAKO HaJWUYNe B 'eHOME PaCTeHUI
0O0JIBLIIIOTO ceMeilicTBa reHOB, Komupyoomux pasiaunuabie CNGC, mo-
3BOJIIET IIPENIOJIONKUTEL, uTo pactuTenbiHble CNGC Takixe opmu-
PYIOT reTepoMepsl.

CNGC npuHMMAaOT y4yacTue B 3alllUTHBIX MeXaHM3MaX, padbore
TPaHCINPAIIMOHHOTO amlapaTa, POCTe MbLILIIEBOl TPYyOKHU, CBETO-
YYBCTBUTEJIBHOCTH W IPYTIUX pPeaknuAx pacreHuii. OKOHUYATEIbHO
¢pusuosornueckas poiab CNGC pacrenuii He yCcTaHOBJIEHA, OJHAKO
MIPeJIoJIaraeTcsi, 4To o0Ias GyHKINS 9TUX KAHAJIOB 3aKJII0YAETCS
B IOBBIIIEHUN YPOBHSA HMOHOB KaJbI[Us B KJETKE.

Cpenu CNGC pacrenuii oco0blii nHTepec BbI3bIiBaroT Ca?’-crerr-
nUUHbIe KaHAJbl. T KaHAJbl YYACTBYIOT B IIPeO00PA3OBAHUU CUT-
Hasma cAMP (KOHIIEHTPAIlMOHHOTO) B KAJbIIMEBBIA CUTHAJ B BUIE
OCIMJLIAIIMN IIUTOILIa3MaTHYeCKOl KoHIeHTpanuu nonos Ca?", mo-
aToMmy cAMP-3aBUCUMBIN CUTHAJNBHBLIN MEeXaHU3M PACTEHUIT MOIKET
MIOJIHOIIeHHO paboraTh 0e3 yuacTus KuHa3. Moayadanus aKTHUBHO-
ctu K" -npoBogsamniux CNGC UKINUYEeCKUMEU HYKJIEOTHAAMHI UPE3BhI-
YaflHO BajKHA [OJISI PEeryJAlliy OCMOTHYECKHX MEXaHH3MOB, B TOM
Yycje, yCThbUYHON TPaAHCIUPAIIUU.

l'yaHunatumknasbl n cGMP 0
N

Murandyeckuit ryaHo3smHMOHOpOC- (/ | "NH
dat (puc. 43) — BTOPUUHBIN MeCCeH- o N N=
IPKep, KOTOPBIM PeryupyeT 3HAUUTEIb- q ?"H
HOe KOJIUYECTBO PA3HOOOPa3HBIX (YHK- o;Fl’\o OH H
U B KJETKaX PacTUTEJbHOTO Opra- o}
uusma. C yuactuem cGMP ocyrecTBs- Puc. 43. Tuxruueckmit
€eTCA TPAaHCAYKIHNA CUTHAJOB BHYTPpU ryaso3uHEMoHOQOoChAT

KJETKNW B OTBET Ha BO3JeHCTBUE TOp- (8'-5'-cAMP)
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MOHOB W BHEIIIHUX CTHUMYJIOB, PA3BUBAIOTCA CTPECCOBBLIE PEAKIIUMH,
KOHTPOJIUPYETCS aKTUBHOCTb MOHHBIX KAaHAJIOB, a TAKIKe PeryJiu-
pyercs ypoBeHb TpaucKpumiuu. Ilokasamo, uro cGMP umeer cy-
IIeCTBEHHOEe 3HAUeHNe B MeXaHM3MaxX IaToreHesa. Hampumep, mpu
BO3JIEMCTBUY MATOT€HHBIX MUKpoopranu3mMoB cGMP aBisercsa Kpu-
TUYECKU BAXKHBIM [IJISI CTUMYJISIIUUA 9KCIPECCUU T'eHOB, KOAUPYIO-
mux QeHnIaJanuH-aMMouuil auasdy u PR-0enxku (pathogenesis-
related proteins).

Cunresd cGMP u3 GTP karanusupyercsa I'yaHHJIATIIUKJIA3aMMU.
V KMBOTHBIX M3BECTHO [BA KJiacca 9TUX (DePMEHTOB: MeMOPAHOCBSI-
3aHHBIe U PacTBOpUMEBIe (IIuTOomIasMaTuueckue). MemMOpaHOCBsI3aH-
HbIe TYaHHJIATIUKJIA3BI OIUH pas3 mepeceKarT MeMOpaHy W BKJIIO-
Yal0T OAUH IIUKJA3HBLIA JOMEH C IIUTOILIA3MATUUYECKON CTOPOHBI MO-
JexyJbl. MeMOpaHocBs3aHHBIE (DOPMbI I'YaHUJIATIIUKJIIA3 00JIa0at0T
CBOICTBAMU PEIIEIITOPOB, TO €CTh MX KATAJUTHUUYECKAas aKTUBHOCTH
MOAYJUPYETCS IPU CBA3BIBAHWU JUTAHIA (SKCTPAKJIETOUHBIN 0-
MeH CBSI3bIBAET MENTUIHBIE PETyJATOpPhI). KaK OGOJNBITMHCTBO pe-
IEIITOPHBIX MOJIEKYJI, UMEINX OIWH TPAaHCMEMOPaHHBIH TOMEH,
MeMOPaHOCBA3aHHbIE I'YaHUJIATIIUKJIA3bI ITPUOOPETaT (PYHKIIHO-
HAJbHYI0 aKTUBHOCTbL B AUMEDPHOM COCTOSIHMHU. B cocrtaB mumepa
BXOIAT JB€ ONMWHAKOBBLIE CyOHeIWHUIIbI. PacTBOpMMBbIE TyaHMJIAT-
IHMKJa3bl — 3TO TeTEepPONMMEDbhI, COCTOAINNE M3 ABYX PA3IUUHBIX
cyopequuuil. I'eM-comepskaliiye peJOKC-IIeHTPl PACTBOPUMBIX TI'ya-
HUJIATIHKJIa3 cBA3bIBal0T NO, KOTOPBI ABJSETCA CHEeIU(PUUIECKUM
aKTHUBATOPOM oTOro pepMmeHTa. MoseKyaapHbIMU Muineaamu cGMP
Yy JKUBOTHBIX ABIAOTCA cGMP-3aBucuMble MpoTeMHKMHASHI (IIPO-
TenHKUHA3bl G) ¥ MOHHBIE KAaHAaJbl, OTKPbIBAEMbIEe ITUKINUECKUMU
"ykJygeoruzamu (CNGCs).

VY BBICIIIMX PaCTeHUN 5SKCIEePUMEHTAJbHO JOKa3aHO CYIIeCTBO-
BaHMe OBYX 0EJNKOB C I'yaHUJIATIIMKJIA3SHON aKTHUBHOCTHIO, IPUHAI-
JeXKalux K pasHbIM KJaccam. O0a OGenka ObLIN HUAHTU(DHUIIUPO-
BaHbI ¥ Arabidopsis. PacTBopuMasa ryaHnmJaTOuKIa3a pacTeHUId,
B OTJIMYME OT JKUBOTHOro (pepMeHTa, He uyBcTBUTeabHA K NO.
B amuHOTEepMUHAIBHON 00JaCTH MOJIEKYJILI PACIIOJOKEH KaTaju-
TUYECKUI I'yaHUJINUJINMUKJIASHBIN JOMEH, a B KapOOKCUTEPMUHAE-
HOM — IMCTEeMH IIpoTeasa-momo0HbIl noMer. CoueTanune sTUX IBYX
IOMEHOB SIBJIAETCS YHUKAJBHBIM [JIS PACTUTEIbHON PACTBOPUMOIL
ryaHUJIaTIUKJIa3bl, 1 paHee He ObLIO O0OHAPY!KEHO y APYyrux Oel-
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KoB. MemOpaHocBsi3aHHAsI TyaHuJaTnukKaasa Arabidopsis sBis-
ercsa perentopom Opaccunonuza AtBRI1 u mmeer B muTomaasma-
TUYECKO# 00JacTH MOJIEKYJIbl TYyaHUJIATIUKJIA3HbIN foMeH. PacTu-
TeJbHbIE MOHHBIE KAaHAJbl, OTKPbIBA€Mble ITUKJINUYECKUMU HYKJIEO-
mugamu (CNGCs), perynupyiorca nukandeckum GMP. Ipyrue mo-
aexyaspHbie munieHn cGMP He uaeHTH(QUIIMPOBAHEI.

3.3. NOHbI KAJ1bLUWA B CUCTEME
MEPEOAYU CUTHANA

Nounr Ca’?" BLINOMHSIOT Ba)KHEHIIYIO PEryJsTOPHYIO POJb
B KJIETKaX: OHM KOHTPOJHUPYIOT MOIYJISAIINIO aKTUBHOCTU (hepMeH-
TOB, CTAOMJIMBUPYIOT KJIETOUYHBLIE CTPYKTYPhI, AKTUBUPYIOT COOPKY
DJIEMEHTOB IITMTOCKeJeTa U T. I. BmecTte ¢ stum, nousl Ca’" asia-
IOTCA OJHMMHN M3 KJIIOUEBbIX BHYTPHUKJIETOUHBIX CHUI'HAJIbHBIX IIO-
CPeNHUKOB, BBINOJNHAMINNX (PYHKIIUN BTOPUYHBIX MECCEHIKepOB.

KneTku Bcex mM3BECTHBIX OPraHM3MOB CIIOCOOHBI HOIAEPKIBATH MEM-
OpaHHBIN I'pagfMeHT KOHIeHTpanui noHoB Ca’'. YpoBeHb KOHIIEHTpPA-
I CBOOOMHOI'O KAaJIbIIUs B IIUTOIJIA3Me HeCTUMYJIMPOBAHHBIX KJIETOK
00bruHO cocrasiser 1077—107¢ M. B nBymMeMOpaHHBIX OpraHe/iax (Mu-
TOXOHIPUAX, ILUIACTULAX) W JIOMEHE SHIOILIA3MATUYECKOTO PETHUKY-
JIlyMa 9YKAPUOTHUUYECKUX KJIETOK IOAJePsKUBaeTcss 0ojiee BBICOKAS
KOHIIEHTPALASA 9TOr0 MOHA. B paCTUTEIbHBIX KJIETKAX 3HAYNTEIbLHBIE
ero KOJMYecTBa HAKAILINBAIOTCSI B BaKyousix. ComepsKanre KajbIIUs
B MEXKKJIETOYHOM IIPOCTPAHCTBE IIPEBLIIIAET €ro KOHIIEHTPAIIUIO B I[U-
TOILIA3Me HA HECKOJBbKO MOPSAIKOB 1 MoxKeT gocturatb 107 M, xax,
HampuMep, B amoiiacTe pacrenuii. IlommepsxaHme rpagueHTa KOH-
meaTpanuii noHoB Ca?' upesBBIUANHO BaXXHO IJIs (PYHKIMOHUPOBA-
HUSI KJIETKH, IIOCKOJIbKY JOJTOBPEMEHHOE MOBBIIIEHNEe YPOBHS Kajlb-
U B IIUTO30JIe IIPUBOAUT K ee I'rbesiu.

IBOJIIOIMOHHBIN BBIOOP MOHOB KAJBIINSA IS BBIIIOJHEHUS CHUT-
HaJbHOU (PYHKIIMU CBASLIBAIOT C TEM, UYTO II€PBOHAYAJILHO KUBbBIE
KJIeTKY HAYYWJINCh M30ABJIATHCSA OT HUX, IOCKOJBKY KAJbIIUN KaK
IIeJIOUHO3eMeJbHBI MeTaJjlJI CIIOCO0eH B3aMMOeMCTBOBATHL C (poc-
daramu ¢ obpasoBaHWEM HEPACTBOPUMBIX coJieii. PocdaTbl HE0O-
XOIUMBI KJIETKE IJIS CUHTEe3a HYKJIEWHOBBIX KUCJOT, (hochoauim-
OB, MAKPOIPruuecKux coemuuennii u ap. COOTBETCTBEHHO, BLICOKNE
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KoHIleHTpanuu noHoB Ca?' B muromiasMe MOryT MPUBECTH K 3Ha-
YUTEJIbHOMY CHUKEHHIO KOHIIEHTPAIIMU PacTBOPUMBIX (ocdaTos,
YTO, B CBOIO OUepeab, MPUBEJIO Obl K HAPYIIEHUI0 KaK dHepreTude-
CKOro oOMeHa KJIeTKM, TaK U ee NeATEeJIbHOCTU B I[eJIOM.

B omnpenmeneHHBIX YCIOBUSAX IO BO3AEHCTBMEM BHEIIHUX (DaK-
TOPOB IIPOBOIIMPYETCA HAEMOJIsIPU3alusa MeMOPaHbl, KOTOPAs COIIPO-
BOYKIAeTCsA KPATKOBPEMEHHBIM MMOBBIIITEHNEM KOHIIEHTPAIIUY MOHOB
KaJbIlNsg. ATO COOBITHE SBJIAETCA CBOCOOPA3HBIM CUTHAJIOM TPEBOTH
ISl KJIeTKH, IO3TOMY B IIPOIECCE 9BOJIOIIUY BOBHUKJU PEryJis-
TOPHBIE CHUCTEMBbI, PYHKIIMOHNPOBAHNE KOTOPHIX HEIOCPEICTBEHHO
3aBUCHUT OT (PIYKTyallud BHYTPUKJIETOUHON KOHIIEHTPAIMU HMOHOB
Ca?". MakpOMOJIEKYJIbI, CIIOCOOHEIE CIIEIIU(PUUECKN CBA3LIBATEL MOHLI
Ca?", 6bLIM NPUCIOCOOJIEHEI I/ BBLINOJHEHNUS (PYHKIUNA BHYTPU-
KJIEeTOUYHBLIX KAaJbIEeBLIX pelenTopoB. Boabmuucrso Ca?'-peryim-
PYeMBIX IIPOIIECCOB B KJIETKAX IIPOUCXOAUT IIPU KPATKOBPEMEH-
HBIX M3MEHEHHAX IIUTO30JbHON KOHIleHTpanuu moHoB Ca’t B mua-
masoume 107-107° M.

Taxum o6pasoM, SBOJIIOIIMOHHO MEePBBIMH BO3HUKJU CHUCTEMBI,
yOaIsSIoIe NOHbI KAJIbIUA U3 I[IATOILIA3MbBI, a CJAEAYIOINNM 3TAlOM
OBbLJI0O BOBHUKHOBEHUE CUTHAJIBbHBIX KJIETOUHBIX CHUCTEM, HCIIOJIb3Y-
omux noHbl Ca?' B KauecTBe BTOPMUHLIX MECCEHKAEpPOB. B mpo-
mecce (opMHPOBaHMUSA KaJbI[MEBOW CUTHAJBbHON CHCTEMBI, COBEp-
IIIEHCTBOBAJIINCh TAKIKe CIIOCOOBbI MHAYIIMPOBAHHOI'O IOCTYILJIEHUS
KaJbIlUsA B IIUTOILIA3MY.

IpderTusHaa padora Ca?"-3aBMCHUMOro CUrHAJILHOIO MEXaHI3MAa
BO3MOJKHA B TOM CJIy4Yae, eCJU B KJIEeTKe PaboTaroT TPU OCHOBHBIX
GYHKIIMOHAIBHBIX MOIYJIA.

1) Cucremsl axTuBHOro TpaHcmopra Ca?", HampaBIeHHOIO U3 IIU-
TOILJIA3MBI B SKCTPAKJIETOUHOE HPOCTpaHcTBO, IIIP, MuTOXOH-
IpUM U BaKyoJb. DHeprosaBucuMble neperocunku Ca?' pacmo-
JlararoTcsa B MeMOpaHaxX, OTHEJAIIINX [[UTOIIA3MY OT HAHHBIX
KOMIIAPTMEHTOB.

2) CucrteMbl MHAYIMIPOBAHHOTO IIOCTYHJEHUS KaJbIUA B I[U-
TOILIA3My: KalbI[MeBble KaHAaJbl, yepe3 KoTopble moHb CaZt
B OIIPEJeJIEHHBIX YCJIOBUAX IIPOHMKAIOT B I[UTOILIA3MY IIO I'pa-
IUEHTY KOHIIeHTPAI[UA.

3) IIumromnasmaTuyecKre KOMIOHEHTHI CUTHAJNBHBIX Iiemneii (dep-
MEHTBI, HOHHbIE KAaHAJbI, KATAJIUTAUYECKN HeaKTUBHBIE CUTHAJb-
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HbIe IIOCPEIHUKU, TPAHCKPUIIIMOHHLIE PEryJasiTOPbl U APYrue
(GYHKIIMOHAIBLHBIE MOJIEKYJIBI), AKTUBHOCTH KOTOPBIX MOIYJIUPY-
eTcdA IpU U3MEeHeHUU KOoHIleHTpanuu noHoB Ca?t B murTomiasme.
Mogynsanua aktusHoctu Ca?’-TpaHcrIopTepoB IOJ BIAUSHHUEM

KOHKPETHBIX CTHUMYJIOB HPUBOAUT K M3MEHEHUSM IIUTOILIAa3MAaTH-

yecKoil KoHmeHTpanuu noHoB Ca?', KoTopnle ciaenyeT paccMaTpH-

BaTh He KaK OJHOCTOPOHHE HAIPaBJeHHbIe N3MEHEHUS KOHIIEHTPA-

MUY, a KaK OCHHJJIAIMHN — IIOBTOpPAOINUEecA (QIYKTyaIrum, nMero-

1IIe OIMPeIeIeHHYIO PeryJIapHOCTh, KOTOPas XapaKTepU3yeTcs ua-

CTOTOM, aMUILIUTY 0N u opmoit (puc. 44). Popma OCIUIIAIUOH-

HOI KPUBOII 3aBUCUT OT CKOPOCTH M3MEHEHNII, KOTOPbIe MOTYT ObITH

ONJaBHBIMH M CKauKooOpasHbIMU. KpuBas MOKeT mpuodOperarsh

dopMy CHHYCOUIBI C IJIABHLIMU WJIN 3a0CTPEHHBIMU 9KCTPEMYyMaMU

WJIN KBaJpaTHOI BoaHBI. CrenuduuecKoe BO3AeHCTBHUE OIIpeaesIeH-

HO# CHJIBI KOAMPYETCA B BUIE KAJbI[UEBLIX OCIUJIISINN, KOTOPhIE

3aTeM [IeKOAUPYIOTCA IUTOILIA3MATUYECKUMY CUTHAJIBHBIMU KOM-

IMOHEHTAMU, YTO B KOHEUHOM HTOTEe BHIPAKAETCA B MU3MEHEHUU

GYHKIIMOHAJIBHON AKTUBHOCTU KJETKHU.

3.3.1. CtpyKkTtypa Ca?*-cBA3biBaloLWmnX 6eNnKoB

A 5(ppeKTUBHOIO CBA3LIBAHUA U yAeps;kauus moHoB Ca’" He-
00X0MMO HAJIWUMe B CTPYKType OejKa CHUCTEeMbI, KOTOpas II03BO-
JsieT o6pas3oBaTh ¢ MOHOM OT 6 M0 8 KOOPAMHAITMOHHBLIX CBs3eil
ompenesieHHON maumHbl. KpoMe TOro, maHHas CTPYKTypa MOJIMKHA
00J1aaTh BBICOKOM IIOABUMKHOCTHIO, YTOOBI MMETHh BO3MOYKHOCTH

ApbycKynapHas MruKkopmsa

Nod-dakTop 5 MuH

Puc. 44. KpuBble Kaabl[MeBbIX OCIHUJIAINMN, HAOI0MaeMble IIPU 1efiCTBUN
apoOycrymsapuoi mukopussl 1 NOD-paxTopa (mo Kosuta S. et al., 2008)
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3axBaTeIBaTh MOH Ca’", oKpy»asd ero co BCeX CTOPOH, IIOJHOCTBLIO
M30JIIPYS OT MOJIEKYJ Boabl. Taxoil cTpykTypoii obnazaror Ca%t-cBs-
3BIBAIOIIME IEHTPhI 0EJIKOB, KOTOPhIe TaKiKe HasbiBaioT EF-pyxkammu.

EF-pyka sBisierca ob6sizaTenbHbIM MonyJsem Ca?'-cBsispIBaro-
mux 0eJKOB. ITOT YyUYACTOK MMEEeT BHUJ CIIUPAIb—IIeT/IS—CIUPAIb
(puc. 45-A). IMonunentugHasa memouka metau EF-pyxku cocrourt
n3 12 aMUHOKHCJIOTHBIX ocTaTKOB. OHa obopaunBaeTcsa BOKPYT MOHA
KaJbIlus, 00pasys IPaKTHUUYECKHU IIPAaBUJIBHBLIN OKTadIp, HA IECTH
BEPIINHAX KOTOPOr0 HAXOMSATCS AMHUHOKWCJIOTHBIE OCTATKU, IIPU-
HUMAIIIe YyYacThe B CBA3BIBAHUY HOHOB KAJBI[US UYepe3 KUCJIO-
poxaconep:karnue rpynnsl (puc. 45-B). Takum ob6pasom, ycTaHaB-
JauBaeTcs 6 KOOPAMHAIIMOHHBIX cBsseii. CpoAcTBO KaKIOro WHIN-
BuayanbHoro Ca’'-cBaswiBaloiero caiira cocrasiasger 1076-107°5 M.

Bricokas moaBu:kHOCTE EF-pyKM 1mo3BojisgeT He TOJIbKO 3(PdeK-
THUBHO CBA3bIBATh MOHLI Ca?", HO M M30aBJATHCA OT HUX IIPU CHU-
JKEHUU I[UTOILIa3MaTUYECKOr0 YPOBHSA Kauablius. JIaOMIbHOCTH
CTPYKTYPhI — 3TO BA’KHOE CBONCTBO, HEOOXOAMMOE [AJIsI BBIIIOJIHE-
HUA OEJKOM PeryasaTOPHBIX (PYHKI[UI, HO C APYrOMl CTOPOHBI, SB-

N C

Puc. 45. Cxema crpoernus EF-pyku (mo I'yces H. B., 1998 c usmenenuamn).
A — pByxmepHas cxema. Homepamu (1-12) o603HaueHbI aMUHOKUCJIOTHI,
dopmupyrorue neraoo. CTpeaKu yKasaHbl Y aMHHOKWCIOTHBIX OCTATKOB,
yYaCTBYIOINX B 00pa30BAHNM KOOPAMHAIMOHHEIX cBaA3eil ¢ momom Ca?'.
B — mpocTpaHCTBEHHOE PACIOJIOMKEHVE AMUHOKHKCJIOT, B3aWMOJEHCTBY-
formux ¢ noHom Ca?'. CoiomHO# JIMHMeH IOKasaH XOX IIOJIUIENTHIHON
[leny, MPEePLIBUCTHIMU JIMHUSMU [JOPUCOBAH TeTpasap, GopMy KOTOPOTO
npuobperaer Ca?"-cpassIiBaromas meTyis
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asgeTcss (paKTOPOM ero HecTaOMJIbHOCTH. ITa HpobJjieMa YaCcTUUHO
pelraerca 3a cueT O0COOEHHOCTH CTPYKTYpPhI Ca’"-cBA3BIBAIOIIUX
y4acTKOB MOJIeKYyJbl: EF-pyku GopMHUPYIOTCSA IIOIapHO HAa OJHOM
yuacTke nosunentugaoi menu (puc. 46). Ilapusie Ca?*-cBsa3bIBaio-
e [eHTPhl B3aUMOJENCTBYIOT APYT C APYrOM U, He Tepss IIOJ-
BUKHOCTH, CIIOCOOCTBYIOT B3aMMHOM cTabuausamnuu. IIo sToii mpu-
ypHe 60abmMUHCTBO Ca’'-CBA3LIBAIOIUX OEJIKOB COLEpPXKAaT IIapHOoe
kKosudectBo EF-pyk (or 2 mo 6). IIpm 3TOM CYIIIECTBYIOT TaKKe
Ca?'-cBaspiBamoinye GeJIKU ¢ HedeTHBIM KoamudecTtBoM EF-pyk. Ogx-
HAKO CJeIyeT YTOUHHUTDL, UTO Y TAKUX OEJIKOB HEUETHOE KOJIUYe-
CTBO (DYHKIIMOHAJIBHO aKTUBHBIX Ca’'-CBA3BIBAIOIIMX IEHTPOB, Of-
HaKO (pM3WUYECKU IIPUCYTCTBYET ueTHoe KouuuecTBO EF-pyx. Oxua
u3 EF-pyK Mo:keT HeCcTH MyTallli0, KOTOpas He II03BOJISET el BhI-
noauAaTs Ca?t-cBaspiBapomye QYHKIINKE, HO IIPA 9TOM OHA CTAOWJIM-
3UPYeT CTPYKTYPY HapHOil (PYHKIMOHAJLHO aKTUBHOU EF-pykn.
Hau6oaee npocteiMm Ca’"-CBA3BLIBAIOIUM OCIKOM SABJIAETCS HIU3-
KOMOJIEKYJIIPHBIT OEJIOK KUIIEeUHWKA MJIEKOIHUTAIIUX — Kallb-
ouaguH (puc. 47-A). IlomunentTuaHasd Menb MOJEKYJbI KaJbOWH-

N
Puc. 46. BsaumHOe pacmoJioKeHue Puc. 47. Crpyrrypa Ca?'-cBasbl-
napubix Ca?’-cBAsbIBAOIUX LEHT- Barorux 0eakoB (mo Kawasaki H.,
poe B wmouerkyine Ca?'-cpaspiBaro- Kretsinger R., 1994).
miero 6enka (mo Ilepmsakor E. A., A — KaJpOMHINH;

1993 ¢ usmMeHEeHUAMHU) B — rampmomysnuH
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auHa Gopmupyet auinb nBe EF-pykm, To ecTh sABaseTrcsd, IO CyTH,
MuHUMAaAbHEBIM Ca’'-cBa3npIBaoImuM MoAyJaeM. KanbOMHAMH mMeeT
3HAUEeHNWEe B CBA3BIBAHUU W yAEeP)KAHUU KaJbIUA. PeryisaTopHON
dyHKIIUEel OH He obJsamaer. IIpu cBs3bIBAHUN KaJbIUA CYIECTBEH-
HBIX M3MEHEHUU B IPOCTPAHCTBEHHON CTPYKTYpPE MOJIEKYJIHI KaJlb-
OMHAVHA He HAOJIIOJaeTCs.

CaMbIii pacupocTpadeHHEIN B npupoge Ca’"-cBasniBaiomuii pe-
TyJATOPHBIN O0eoK — 3T0 KaabMomyiauH (CAM) — HUBKOMOJIEKY-
JAPHBINA 6eJ0K ¢ MoJsieKyasapHoit maccoii 18 kll. Comepskanue Oeska
KaJbMOIyJHA B KJETKEe JOCTATOUYHO BBICOKOE. B TUIIMYHON KU-
BOTHOM KJIETKE OHO COCTaBJIsET OK0JI0 1% oT o0Ieil macchl KJe-
rounoro Oenka (6osee 107 momerys). Kaabmomyane mpeacTaBisieT
co00¥l KOHCEePBATUBHBIN OAVUHOUHBIN IMOJUIENTHAL, COCTOAIIUN IPU-
MepHO 13 150 aMMHOKMCJIOTHBIX OCTATKOB. Ero cTpykTypa cdop-
MHUpPOBaHa MIPEUMYIIECTBEHHO O-CIUPAJBHBIMU ydyacTKamu. IIpo-
CTPaHCTBEHHAs CTPYKTypa OesKa mo (GopMe HAIIOMHUHAET TaHTEJIb
(puc. 47-B). Ha N- u C-KOHIIEBBIX yYacTKaX MOJIEKYJbI HaXO-
marca mo aBa Ca?'-cBA3LIBAIOIUX IIEHTPA, IIPeJCcTaBlIeHHbIX EF-py-
kamu. CpefmHHAs YacThb MOJIEKYJBI copMuHpoOBaHAa IEeHTPAJIbHOM
0,-CTTUPAJIBI0, UMEIOIIell OTPUIATEIBHO 3apAKEeHHbIe aMUHOKMCJIIOT-
Hble oCcTaTKW. KaabMOAYJMH MPUCYTCTBYET IMPAKTHUUECKH BO BCEX
KJIETKaX JKUBOTHBIX, PACTEHUU W TpuOOB, PYHKIMOHUPYS B HUX
KaK MHOTOIeJIeBO BHYTPUKJIETOUHEIN perentop noHos Ca%t. Kom-
mirekc Ca?*—kanemogyaun (Ca?/CAM) He obiagaer pepMEHTATUB-
HOM aKTWBHOCTBHIO, OH BBINOJHSET POJIb aJIJIOCTEPUUECKOTO pery-
JSTOpPa, KOTOPBIA ydacTByeT B OOJILIITMHCTBE ITPOIECCOB, PEryJiu-
pyeMbix moHamu Ca?". 9ToT 00K MOLYJIUPYeT AKTUBHOCTL MHO-
JKeCcTBa Pa3JIMYHBIX (pepMEeHTOB, HAIpPUMeEpP HNPOTeWHKHUHAa3, (Qep-
MEHTOB, YUYACTBYIOIIUX B 00pasoBaHUU U PA3PYIIEHUU IUKJITUE-
CKUX HYKJEOTUIOB (HYKJEOTUAIIUKIA3, (hochommacTepas) u IPyrux
DH3UMOB, & TaKyKe TPAHCKPUIIIMOHHBIX (PaKTOpoB. B HEKOTOPHIX
caydadgx KaJbMOIYJWH BCErjJa CBA3AH CO CBOEUM MUIIEHbBIO, SABJIS-
SICh TIOCTOSAHHOU PEryJaATOPHON CcyObeqUHUIEH pAxa (epMeHTHBIX
KOMIILJIEKCOB, HAaIpuMep, KHa3bl (pochopuiasbl MIEKOIUTAIOMINAX.
C KarpMOAyJIMHOM CBfA3aHA PETYJAINNA aKTHUBHOCTU OEJIKOB IIUTO-
cKeJjieTa, a CJeIOoBaTeJbHO, IPOIECCHl AK30- UM JHIONMUTO3a. BHY-
TPUKJIETOUHOE NBUYKEHNE TaKyKe 3aBUCUT OT YPOBHA KaJbIIMHUPO-
BaHUA KaJbMOIYJIMHA.
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3.3.2. TpaHcnoOpTHbIE CUCTEMBI, KOAgupyloLwmne
KanbLuueBbI CUTHan

JKCTPaKNETOUHbI TPAHCMOPT KanbLus

WoHbI KaMbIIuA BBIBOAATCA M3 IIUTO30JI IPOTUB I'PafueHTa KOH-
IEeHTPAIU, TO9TOMY STOT Iporecc Tpebyer 3aTrpaThl sHepruu. Cy-
ITEeCTBYIOT TPAHCIIOPTEPHI KAJNBIINA, aKTUBHOCTHL KOTOPBIX 3aBUCUT
ot suepruu ruzpoaunsza ATP, — Ca?"-ATPasbl. [Ipyrue TpaHCIOp-
Tephbl UCIOJB3YIOT ITPOTOH-ABUIKYIIYIO CUJIy — HHEPTUI0 3JIEKTPO-
XUMHAUYECKOT'0 TpagueHTa KOHIleHTpanuii nonos H'.

Ca?"-ATPa3bl

AT®-3aBucumbiii Tpagcnopt Ca?" uepes meMOpaHBI OCYILECT-
Biasierca AT®asamu P-tuma kKiaacca P2. Ca?-ATPassl HasbIBaOT
TaKsKe KaJbI[MeBbIMU IIOMIIAMU WJHN Hacocamu. Ilo CTpyKType u Me-
XaHU3MY aKTHBAIIMKA OHU NEJISATCS Ha 2 TPYIIIBI:

1) rpynma P2A — Ca?"-ATPassl ER-tuna (endoplasmic reticulum-
type Ca?"-ATPases — ECA);
2) rpynma P2B — asrounrutupyemsie Ca?*-ATPassl (autoinhibited

Ca?"-ATPases — ACA).

Mesxny nymsa rpynnamu Ca?-ATPas o0Hapy:XKuBaIoTCA ABa OC-
HOBHBIX OTJIUYMUS.

IlepBoe oTinuMe CBSI3aHO C OCOOEHHOCTAMU PEryJIsSIiii IepeHoC-
unkoB. AKktuBHocTh Ca?"-ATPas ECA-Tuma He 3aBHCUT OT KaJlb-
moayauua, tTorga kKak ATPassr ACA-tuma ABIAIOTCA KaJIbMOIY-
JINH-3aBUCUMBIMUA. B aMHUHOTEPMUHAJIBHOM I[UTOIJIA3MATHUYECKOM
patione mojyeKyabl ACA TpaHcmopTepa HaXOAUTCS YYACTOK CBS3BI-
BaHUA KAJIBIUHUPOBAHHOrO Kanbmonaysauna (Ca?'/CAM).

Bropoe orinmume — dyuxiuonanibuoe. ER-ATPasbr obecreun-
BAIOT JOoCTaBKY MOHOB Ca?' BO BHYTPUKJIETOUHBIE KOMIIAPMEHTHI,
TJIaBHBIM 00pasoM, B SHIOIJIa3MaTHUUYECKUH peTuryayMm. Ilomamas
B SHAOMeMOpaHHyYI0 cucrtemMy, noHbl Ca?' B majbHeHIIeM BKJIIOYA-
IOTCSA B COCTaB CeKpeTa U BBLIBOAATCA B MEKKJIETOUHOE IIPOCTPAH-
CTBO, HAIIPUMED, B BUJe IeKTUHATOB KaJlbI[Ud — KOMIIOHEHTOB Ma-
TPUKCA KJETOYHOU cTeHKu. Kpome TOro, B JIIOMEHEe Pa3JIUUYHBIX DH-
IToMeMOpaHHBIX 00pPa30BAHUM MOHBI KAJbIIUA UCHOJb3YVIOTCA TaKiKe
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B KauecTBe KOo(aKTopa, HEOOXOAUMOI0 IJIs PEryasuyd aKTUBHOCTHU
depmenToB. Asrounrubupyemble Ca? -ATPassl BLIIOJHAIOT B KJIET-
KaxX KJIIOUEeBYIO CUTHAJIBHYIO POJIb. OTO CBI3aHO C TEM, YTO UX aK-
THBHOCTh B 3HAUUTEJIbHO OOJIBINEH CTEINeHU M3MEHAETCSA IIOf BO3-
IelicTBUeM BHEIIHUX (DAKTOPOB, IO CPABHEHUIO C MEPEHOCUYUKAMU
ER-tuna. CoorBeTcTBeHHO, aBTouHrnoupyemeie Ca?"-ATPasel BHO-
cAT 0oJiee CYIIIEeCTBEHHBLIN BKJan B ()OPMUPOBAHNE BHYTPUIIUTO-
IIa3MAaTUYECKUX KAJIbIIMEBBIX OCIIUJLISITUIM.

B remome Arabidopsis xomzupyercsas 10 aBTOMHIUOUPYeMbBIX
Ca?"-ATPa3s. Orgensabie nszopopmsl ACA celeKTUBHO SKCIIpec-
CUPYIOTCA B Pa3JHUUYHBIX ycaoBusax. Hampumep, cuutes ACA12
u ACA13 crumynupyerca natoremamu, ACA8 u ACA10 — xoo-
moBeIM BozgeiicTBueM, a ACA8 m ACA9 moaBIAOTCA B OTBET Ha
obpaborky ABK.

Apronarubupyemble Ca?'-ATPassl 00HAPYKUBAIOTCA B PA3INU-
HBIX KJIETOUHBIX MeMOpaHax, HO Kaxmas nsodopma, Kak IIPaBUIIO,
TSATOTEEeT K olpeaejdeHHoMy Tunmy memoOpaubl. Taxk, ACA8, ACA9
u ACA10 nporkanusyiorca B miasmanaemme, ACA2 — B IIIP, a ACA4
u ACA1l — B ToHOILIACTE.

AxruszocTs Ca?"-ATPas rpynnel P2B momynupyercsa pasind-
HbIMU cmocobamu. Ilomumo KaabMmonmyiamHa, mHorue ACA perymiau-
pPyIOTCA KUCJIBIMU (pochoaunugamMmu, Hampumep, ¢ochaTugHoii Kuc-
JIOTOI, KOTOopasa oO0pasyeTcs B pesyJbTaTe THAPOJIN3a MeMOPaHHBIX
dochonunumos pochonumnazoit D, a moxanuszosanuasa B I[IP ACA2
peryaupyerca myteM (pocopuanpoBaHUA.

Mexauusm mepenoca. B mporecce nepernoca nouoB Ca?"-ATPassl
IIPeTEePIIeBAIOT PN CTPYKTYPHBIX M3MEHEHUH, BIUAIOMINX HA CPOI-
crBo ¢ moHamu Ca?" u ATP. V3meHeHUs IPOUCXOLAT IIOCJIELOBAa-
TEJIbHO U IMOBTOPAIOTCSA IUKJINYECKH.

1) Ca2"-ATPasa cBasbiBaeT aBa noHa Kaubiiua (Bce Ca?-ATPassr
uMeroT ofguH TunuuHbll Ca’'-cBA3BIBAIOIUI NOMEH, BKJIIO-
yaromuii 18e EF-pyku).

2) CBaAsbiBaHME MOHOB KaJIbIIUA CIOCOOCTBYET MOBBIIIEHUIO
cpoactBa ATPassr kK ATP. Monerynsr ATP cBA3bIBaoTCA
B BHUJe KOMILIeKca ¢ moHamu Mg2t.

3) OcymrecTBiserca aBTO(GocHOPUINPOBAHNE IEPEHOCUMKA —
y-bocharnaa rpynna ATP mepeHocuTca Ha ocTaToOK acma-
PaArmHOBOUW KHCJIOTHI.
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4) dDochopuaupoBaHUe CTUMYJIUPYET KOH(GOPMAIMOHHEIE I3Me-
Heuusa MoseKyabl ATPasel, B pesybTaTe KOTOPBHIX CBSI3aH-
mele noHbl Ca?'t mepeHocATca ¢ IIUTOILJIA3MATHUYECKOM CTO-
POHBI HAa 3KCTPAKJIETOUHYIO CTOPOHY MeMOpAaHbI.

5) B pesyabraTe uamMeHeHUA KOH(OpPMAIU MOJEKYJbl CHUMKA-
erca cpogcTBo ATPaser k monam Ca’", KoTopble BBLICBOOO-
JKJAI0TCA BO BHEKJIETOUHOE IIPOCTPAHCTBO.

6) docarHaa rpymia OTIIENJSIeTCA OT OCTaTKa aclaparuHo-
BOM KUCJIOTHI.

7) HedochopunupoBaHHaA W AeKaJbIIMHUPOBAHHASA MOJIEKYJa
Ca?"-ATPaspl IpUHUMAET UCXOLHYI0 KOH(POPMAIIUIO.

Ca**/H*-aHTunoprepbl

Ha Bcex memOpaHaX pacTUTENbHBIX KJIETOK IIOAEP:KUBAETCSA
SJIEKTPOXUMUYECKHUII I'PaJUeHT IPOTOHOB. ITOT I'paJMeHT CO3/a-
erca H*-ATPasamu P-Tuna m MoKeT MCIIOJIb30BaThCA IJIsI dHEpTe-
TUYECKOTro obecneueHns TpaHcMeMOpaHHBIX HpolieccoB. TpaHcmopT
nonoB Ca?' ocymecrsiserca Ca%'/H -anTunmoprepamu, KOTOpbIe Ha-
3BIBAIOT KaTHOHHBIMU oOmeHHHMKaMu (cation exchanger — CAX).
VY Arabidopsis BbIgBIE€HO 6 TaKMX TPAHCIIOPTEPOB.

Moaexyast CAX MMeroT IIpeaInoaoKuTeJbHo 11 TpancmemMOpaH-
HbIX momenoB. U3 mectu CAX, obHapy:keHHBIX Y Arabidopsis, maun-
0oJiee 3HAUMMYIO POJIb B IIOJEPIKAHUYU KAJLI[MEBOr0 T'OMEOCTa3a BbI-
nosHsaioT CAX1 u CAXS.

Aunrunoprepsl CAX peryampyoTrcs mog00HO KaJlbIIMEeBBIM HACO-
caM uepes aBTOMHIMOUTOPHBI aMUHOTEPMUHAJIbHBIA TOMEH.

MHp,yLI,I/IPOBaHHOE nocTtyrnjieHne Kaabuuna B ynrtonnasmy

Honsr Ca?" mpOHMKAIOT B IUTOILIA3MY II0 I'PAINEHTY KOHI[CH-
Tpanuii yepes cenexktuBHble Ca?"-KaHaabl. B HECTUMYJIMPOBAHHBIX
YCIOBUAX KaHAJBI HAXOAATCA B HEAKTUBHOM COCTOSHUU U HE IIPO-
nyckaoT noHbl Ca?". B ¢cTpyKType MOHHBIX KAHAJIOB BBIAEJISIIOT aB-
TOMHTUOUTOPHBIN YUaCTOK, KOTOPBIA 3amupaer KaHaja. Ilpu moiy-
YEHUU COOTBETCTBYIOIIETO CUTHAJIA KOH(pOpPMAIUA MOJIEKYJIBI IIepe-
HOCUUKA M3MEHSAETCA, B pesyjabTare uero GopMUPYIOTCA MTHOBEH-
Hble MOHOCEJEeKTUBHBLIE MOPHI, Yepe3 KoTopblie nMoHbI Ca?" mpoHu-
KaioT uyepe3 MeMOpaHy IO I'PAaAMEHTy KOHIIeHTDPAIIMM.
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CyiiecTByeT 3HaunTeJ bHOEe KoanuecTBo Ca’'-KaHanos, pasianya-
IOIUXCSA MO CTPYKTYpPe, CIIOCO0Y aKTHUBAIIMU U JOKajausamuu. MHO-
rue U3 HUX SBJSIOTCS (PYHKIIMOHAJIBHO HEOJHO3HAUHBIMU U AKTH-
BUPYIOTCS PasHBIMU cTUMyJamMu. Hampumep, IIpu XOJOZOBOM 00-
paboTKe aKTUBUpPYIOTCA TOHOoILIacTHbIe Ca?'-KaHaJsbl, aKTHUBHBIE
GopMBI KUCJIOPOAA 3aMefICTBYIOT ILIa3MaJeMMHbIe KaHAJBI, a B KOP-
HEeBBIX BOJIOCKaxX 0000BbIX pacTeHuii Nod-(paKTOpbI IPOBOIHPYIOT
MOOMJIMB3AINIO KaJbIIUA U3 MePUHYKJIeapHOTro paiioHa SHAOIIJIa3Ma-
TUUYECKOT0 PEeTUKYJIyMa.

HOTGHLIIIIaH-ynpaBHFIEMbIe KaHanbl

Ilorenumasn-ynpasiasembie Ca2t-kananst (Voltage-Gated Ca?"-Chan-
nel — VGCC) akTUBUPYIOTCS IPU M3MEHEHNN MeMOPaHHOIO OTEH-
nuaia. B cTpYKTYpy KaHaJIOB 9TOr0 THUIIA BKJIIOUEHBI OAWH UJIUA He-
CKOJIbKO CEHCOPHBLIX JOMEHOB, KOTOPbIE HECYT 3apsAKeHHbIe aMu-
HOKMCJIOTHBIE OCTATKH, 0GJiaromaps ueMy CIIOCOOHBI pearupoBaTh
Ha M3MeHeHre MeMOPaHHOTOo ImoTeHIrajaa. KoaruyecTBO 1 PACIIOJIO-
JKeHUe 3apAN0B HAa CEHCOPHBIX JOMEHAaX OIPEeNesAl0T «HACTPOUKY»
KaHaJjia, TO eCTh ero YyBCTBUTEJIbHOCTb Ha OIpeaeIeHHbIe M3MeHe-
HUSA TPaHCMeMOPaHHOTrO IIOTeHITuaaa. V3sMeHeHUs MOTeHIIAaIa BhI-
3BIBAIOT CABUI' CEHCOPHBIX JOMEHOB, UTO IIPUBOAUT K MOAUMDUKAIIAI
IIPOCTPAHCTBEHHOUN CTPYKTYPHI MOJIEKYJIbI M OTKPBITUIO (MU 3aKPbI-
THI0) KaHaja. I[loTeHIimai-ynpasasieMble KaHAJbI JeJIAT Ha IBE OC-
HOBHBbIE I'PYIIBI: KAHAJBI OJHON I'DPYIIILI AaKTHUBUPYIOTCA IIPU Je-
MoJIsipu3alnuy MeMOpaHbl, & BTOPOM — IIPU T'UIIEPIIOJIAPU3AIUN.

J uraHa-ynpasnAaemblie KaHalbl

Jluraug-ynpasiasevsbie Ca®'-ganansl (Ligand-Gated Ca?"-Chan-
nel — LGCC) o6sagaoT cBOHMCTBAMU PEIEITOPOB-KaHAIO()OPMEPOB.
OHU CBA3LIBAIOT JIUTAHJ OIMPEAEeJeHHOr0 TUIA U (GOPMUDPYIOT IpPU
9TOM KaJbIIMEBBIA KaHAJ, II0 KOTOPOMY MOHBI KaJbIUd YCTPEMJIs-
IOTCS B IUTOILIa3My. B pacTUTENLHBIX KJIETKaX IIPeAIoJaraeTcsa Ha-
JiM4Yre B TOHOILIACTE U SHIOILIa3MaTUUYecKuX MeMmOpanax Ca’'-xkamna-
JIOB, PeryJupyeMbIXx MHO3uToJ-1,4,5-Trpudocharom (IP;) u nurin-
uyecKoi ameHosuHaudocdat-pu6osoii (CADPR). OnHako pusudecku
9TU KaHaJibl He BbIJeJieHbl. JlaHHbIe CTPYKTYPhI HUAeHTU(DUIIHPO-
BaHBI M W3YyUeHbl Y JKUBOTHBIX. KaK IMMOKasaj NeHOMHBIN aHaJua,
y pacTeHuil HeT romoJjioroB perenTopoB IP; u cADPR XUBOTHBIX.
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BwMmecTte ¢ Tem, cyliecTBOBaHMe IPUHIIUITUAIBHO PA3JIUYHBIX CTPYK-
TYD, BBITIOJHAIONINX CXOMHBIe (QYHKIIMMN Y PA3HBIX T'PYIII OPTaHU3-
MOB, OTPHUIIATH HEJb3s.

Peuenrop IP; :xuBoTHBIX. ¥ KUBOTHBIX IP;-perenTop sokanmay-
eTcsA Ha MeMOpaHaxX SHAOIJIA3MATUUYECKOTO PETUKYJIyMa B BUIE TO-
moTreTrpamepa. Broprunsbiit mocpegauk nHosuToaTpudochar (IP;) 06-
pasyerca B pesyJbTaTe paciieryieHusa GochaTuauInHo3uToNa-4,5-1u-
docdara dochoaunazoit C. CaswviBasacs ¢ IP;-penenTopom, IP; cTu-
Mmyaupyer oTkpbeiBanue Ca?'-mpoBopdlero KaHajua U CIOCOOCTBYeET
mobunauzanuu Ca?" uz IIIP. C-KoHIleBad 4acTh MOJEKYJILI 00pasyer
I1ecTh TPAHCMEMOPAHHBIX JOMEHOB, KOTOPhIE YUACTBYIOT B 06paso-
BaHMM Kauaja. N-KOHIIeBas 00JIaCTb MOJIEKYJILI oOpallleHa B CTO-
POHY IHMTOIJIa3MbI. B HUX pacmososKeHbI caiiTel cBaAsbiBaHud 1P,
Ca?" u ATP, a TaksKke ABa CePUHOBLIX OCTATKAa, KOTOpLIE (pochopu-
aupyiorca nporenaknHazamu PKA u PKG. Kapbokcu-repMuHaIb-
HBIM YYaCTOK MOJIEKYJIBI OPUEHTUPOBAH B CTOPOHY ITMTO30JISI M BOB-
JeKaeTcsa B KOHTPOJIb OTKPHIBaHUA KaHajia. [loBBINIIeHNEe KOHIIEH-
tpanuu IP; B muTonigasMe IPMBOAUT K €r0 CBA3SBIBAHUIO C PeIlell-
TopoM. B GonbIImHCTBE KJIeTOK MJeKonuramoiux 1P;-pemenTop ak-
TuBUpyeTcsa npu KoHieHTpanuu [P, mopanka 0,1-2 mxM. Brixog
Ca?" uepes MOHHBIE KAHAJBI COIPOBOKIAETCS IPOTUBOTOKOM HOHOB
K" us nmuronnasmel. Biaarogapsa sToMy KOMIOEHCHPYeTCs BBIHOC 3a-
pAla B IIUTOILIa3MYy, TO €CTh CHUMAETCS 3JeKTPOTeHHBIA a(deKT.

TouHBIA MexXaHM3M MOOUIM3AIINU KaJbIIUA C YUACTHEM MHO3U-
TosipochaToB y pacTeHmuii HeBLIACHEH. VI3BeCTHO, UTO Y pacTeHHii,
nmomunmo IP;, BO BHYTPUKJIETOUHOI Ilepefade CUTHAJA HCIIOJIb3Y-
oTca U apyrue GpopMbl (pocHOopUINPOBAHHOTO MHO3UTOJIA — WHO-
suron-nentakuchochar (IP;) u maosuron-rekcaruchocdar (IPy)
(cm. Buimie pasgen «PI-PLC-omocpemoBaHHBIN cUTHAJUHT»). [lpu
sroMm IP; Takike cTUMysIMpyeT MOOMIN3AIINIO BHYTPUKJIETOUHBIX 3a-
macoB Kajblius, ogHako [P, okasbiBaeT 06ojiee CUJIBHOE NEHCTBUE.
Tax:xe HeM3BECTHO, HCIOJL3YeTCA JU Kakas-ambo (opmMa MHO3U-
Toadocdara B KauecTBe HEIIOCPEACTBEHHOTO PEryJsaTopa aKTUBHO-
CTU KaJIbIIMEBBIX KAHAJOB WUJIU DPETYJAIUA OCYIIEeCTBJISIETCS OIIO-
CPeIOBaHO uepes3 MHbIE PEeryJsaTOpPbI.

HonHbIe KaHAJBI, PEeryJupyeMsble IMUKINYECKUMH HYKJIEOTH-
mamu (Cyclic Nucleotide-Gated Channels — CNGC) npeacraBiasiioT
rpynny KaHaJaoopMepoB, CBA3SLIBAIOIINX IMUKJINYECKUE HYKJIEOTU -
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mouodocharsr (CAMP u ¢cGMP). B remome Arabidopsis kogupyercs
20 momo6HBIX KaHamoB. OHI MMEIOT IIeCTh TPaHCMeMOpPaHHBIX JOMe-
HOB U IIOPOBBIN AoMeH. B mMeMOpaHax oHH 00pasyioT TeTpaMepHbIe
CTPYKTYPbI, KOTOPbIe HEOOXOAMMEI IJ1s1 (DOpMUPOBAaHUSA KaHaja. Ps
pacrurensubix CNGC npegcrasiasgior coboit Ca’f-kanannsl, HO HEKO-
TOpPbI€ U3 HUX IIPOHUIAEMbBI TAKKe IJIsI MOHOBAJIEHTHBIX HMOHOB.

Kpome murianueckux HYKJIeOTUAMOHO(MOCHATOB pacTUTEJIbHBIE
CNGC cBasbpiBaoT TaK:ke KaabMmoayianu. Bece ussectabsie CNGC Jo-
KaJIN3yIOTCS B IJIa3MaTUUYECKOl MeMOpaHe.

T'nyramat-penentop-mogoousie Ca?'-kaHaJabl pacTeHU SBJIA-
IOTCSI TOMOJIOTaMU MOHOTPOMIHBIX perenTopos riayramara (Glutamate
Receptor — GLR). B Arabidopsis cemeiictBo renoB GLR BKJIO-
yaeT 20 uiaeHoB. IIPpOAyKTHI T€HOB IIPEAIIONIOMKUTEILHO UMEIOT TPU
TpaHCMeMOpPaHHBIX JOMeHa 1 O0beJUHSIOTCS B MeMOpaHax B TeTpa-
Y IeHTaMepHble CTPYKTYPHIL.

Ieynopossie Ca?*-kanansbl. Y Arabidopsis o6uapy:ken rea TPC1,
KOIUPYIONINHA eIVUHCTBEHHBIN IIPeICTABUTE]b CEMEMCTBa ABYIIOPO-
BoIx KauaiaoB (Two-Pore Channel — TPC). IIpenmoioKuTesbHO MO-
aexyna TPC1 umeer 12 tpancmem6bpanubix gomenos (TMD) u BKJIfO-
yaer nBa mopoBbIX momeHa. TPC1 jokaaumsyeTcs B TOHOILJIacCTe,
B KOTOPOM, IIO-BUIUMOMY, IIPUCYTCTBYET B BuIe romoaumepa. Ilu-
To30JbHAA meTada Mexay TMD6 u TMD7 ¢popMupyeTr KaabIinii-cBs-
aprBatoriuii 1meHTp (EF-pyka) m moMeH CBA3BIBAHUS PETyJIATOPHOTO
oenka 14-3-3. TMD4 u TMD10, umerolue TOJJOXKUTEIHLHO 3aps-
JKeHHble aMHUHOKMCJIOTHBIE OCTATKHU, (PYHKIIMOHUPYIOT B KauyecTBe
CEHCOPHBIX JOMEHOB, Pearupyiolnux Ha U3MeHeHHus MeMOpaHHOro
norennuaia. Takum o6paszom, TPC1 asiaserca He Toabko Ca’'-un-
IyIUPYeMbIM KaHaJIOM, HO M IIOTEHI[MAJ-YIIPABIAE€MbIM.

3.3.3. lekoaupoBaHue Ca**-curHana

WsMeHeHre KOHIEHTPAIIUN KaJbIUs B KJETKE OTCJIEKUBAETCH
Ca?'-cercopubiMu GesKaMu. B KJeTKax MPUCYTCTBYeT 3HAUUTEJb-
Hoe KoJymuecTBO Ca’'-cBA3hIBAIOINX OEJIKOB, 00JIAJAOINX PAa3HOMI
CIIOCOOHOCTBIO CBA3LIBATHL MOHBI Ca?’, MMeIOUX Pa3JUYHYIO KJe-
TOUYHYIO JIOKQJIU3AIINI0, U B3AUMOIENCTBYIOIUX C OMPeHaeeHHBIMMI
JayHCTPUM CUTHAJILHBIMU MMapTHepaMu. OTO ITO3BOJIAET KJIeTKe Aud-
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(pepeHIIMPOBAHHO pearmpoBaTh Ha cIelu(pruuecKue BHENIHHE BO3-
IefcTBUSA PasHO MHTEHCHUBHOCTH.

AKTnBaumna Kan bMoAYNH-3aBNCUMbIX 6enkos

ITpu HUBKOM KoHIleHTpamuu noHoB Ca?" B muromiasme B MoJe-
KyJe KaJbMOAYJUHA O-CIUpaiu, rankupylomiue nerau EF-pykn,
pacmoJiaraloTcsa MPaKTUUYECKU IMapajjieibHO IEeHTPAJbHON O-CIIH-
panu. B TakoM cocTogHUU ruApodOOHBIE YUACTKU TEPMUHATBHBIX
IOMEHOB MOJIEKYJIBI KaJbMOIYJIUHA OKa3bIBAIOTCS 3aKPHITHIMU, II0-
CKOJIbKY OHM HIPUWKATHI K IEHTPaJbHOI o-crmupanu (puc. 48-A).
9TO mesaeT HEBOZMOKHBIM B3aMMOJAEMCTBUE 3TOTO GEIKa C ero Mu-
IIeHAMU.

Korzma KjeTka moJsiyyaeT BHEIIHUM CUTHAJ, CTUMYJIUPYIOIIUHA
TOBBINIEHNE KOHIIEHTPAIIUU KaJbIUA B IUTOIJIa3Me, KaJbMOXY-
JuH cBaseiBaeT 4 noHa Ca?". 9To conpoBokKmaeTcsa KOH(MOPMAIIMOH-
HBIMU U3MeHeHUAMU: o-cuupaiu EF-pyK oTnaidmTcsa OT IeHTPaIb-
HOM o-cIUpaju, IPUHUMAsSA OTHOCUTEJHHO Hee MEePHeHAUKYIIPHOe
mojo:keHue. TakuM oOpa3oM, MOJIEKyJia KaJlbMOAYJWHA PasBopa-
yuBaerca (puc. 48-B). B pesysbraTe 3TOT0 BBHICBOOOKIAETCA IIEH-
TpaJbHAas O-CIUPAJb U TUAPOGOOHBIE PAOHBI TEPMUHAJIBHBIX [I0-
MEHOB, HEOOXOJUMBIX [JIs B3aUMOAEUCTBUS KaJIbMOIYJUHA C OeJi-
KaMU-MUIIeHIMU.

Benku-MuineHu KaJabMOIYJNHA UMEIOT OCOOBIN YUaCTOK, IIPeJ-
CTaBJIEHHBIN aMPUMUIBHOHU O-CIIUPATIbI0, O0OTAIEHHON ITOJOMKU-

A

Puc. 48. MexaHU3M Peryjasaiiuu aKTUBHOCTU 0EJIKOB KaJIbMOIYJIUHOM.
A — meakTuBHaA (popMa KaJIbMOIYJINHA;

B — akTuBHaA dopmMa KaabMOAYyIUHA;

B — B3aumogeiicTBUe KaJbMOAYJINHA C O€JIKOM-MUIIEHBIO;

I' — GesOK-MUINIEHDb ¢ KaJbMOAYJINH-CBA3BIBAIOIUM JOMEHOM
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TEJIbHO 3aPSKEHHBIMU U I'UAPOGOOHBIMY aMUHOKUCIOTHBEIMU OCTAT-
kamu. IIpuuem sapsi:KeHHBIE U THAPO(GOOHBIE I'PYIIIBI pPacliojara-
IOTCA HA IPOTUBOIOJIOKHBIX ITOBEPXHOCTAX a-crimpanu (puc. 48-T°).
PackpbiTass MoJIeKyJjga KajJlbMOIYJIUHA B3aUMOIEHMCTBYET OTPHUILA-
TeJbHO 3aPAKEHHBIM yYaCTKOM I€HTPAJbLHON O-CIHPAJIHU C II0JIO-
JKUTEJIbHO 3apPAKEeHHON IIOBEPXHOCTHhI0 aMPU(PUIBHON O-CIIHpaIN
OeJKa-MUIIEHU, a THAPO(POOHBIMU YUACTKAMU TEPMHUHAJIBHBIX I0-
MEHOB — C THUAPO(POOHON MOBEPXHOCTHIO O-CIMPAJU OeIKa-MH-
mieHu. KaabMoayJanH, TaKUM 00pasoM, o0XBaTbIBaeT aMPupUIbL-
HYIO CIIHPAJIb OeJKa-MUIIEHN U CTUMYJHPYeT M3MEeHEHUe ero IIPo-
CTPAHCTBEHHON CTPYKTYPBHI XU AKTUBHOCTHU.

CHM)KeHNe KOHIIEHTPAIIMY MOHOB KaJbI[Us IIPUBOIUT K 00paT-
Homy a(pperty — mousl Ca?" gucconuupyior or CAM, a JeKanabliu-
HUPOBAHHBIN KAJIbMOIYJUH TEPSET CPOACTBO C MUIIECHSIMMU.

YV Arabidopsis BBIIBJIEHO ceMb T'eHOB, KOAUPYIOIINX UYeThIPE
usodopmbl Kanpmonyauua (CAM1/CAM4, CAM2/CAM3/CAMS,
CAMG6, CAMT). 9tu n30(hopMbl HEBHAUUTEJIHHO OTJINUYAIOTCA APYT
OT Apyra II0 aMWHOKHCJOTHOU mocaemoBatenabHocTu. Tax CAM1/
CAM4 u CAMT7 orauuaroTcss MeKIy co00i UYeThIPhbMS aMUHOKMCJIOT-
HBIMU OocTaTKamMu, a Kaabmonyiauabl CAM2/CAM3/CAMS u CAM6
oranuaiorcss or CAMY Bcero omHoil amMmumHOKHcI0oTON. HecmoTps
Ha MUHHMAaJbHBIE pasamuusd, xaabMonyaua CAMY cymiecTBeHHO
OTJIMYAeTCA OT TpexX Apyrux msodopm mo pyHKmuam. CAMT aB-
JisieTcsd TPAHCKPUIIIIMOHHBIM peryJjsTopoM. Kak Obljo ITOKasawHo,
CAMYT7 cmocobeH HemocpeacTBEHHO B3aWMOEMCTBOBATHL C IPOMOTO-
pamMu psAga CBETO-UHIYIIMPYEMBIX T'€HOB WM MOIYJIMPOBATH AKTUB-
HOCTb UX 9KCIIPECCUMH.

MOHyHﬂLII/Iﬂ AKTUBHOCTU TPAHCKpUNUUN KalbMoaynnHamMu

B perynanuio TpaHCKPUIIIIMOHHON aKTUBHOCTU KJIETKU BOB-
JedyeHo MHokecTBo Ca?'-cBaspiBaromux 0enkos. CumTarmT, 4TO
sKcmpeccust 3,3% renoB Arabidopsis HaxomuTcs IIOL KOHTPOJIEM
Ca?"-zaBucuMbIX MexaHU3MOB. Tpanckpumnnus MHOrnx ABK-pery-
JINPYEeMbIX T€HOB, MPOJAYKTHI KOTOPBIX YUACTBYIOT B PAHHUX CTPEC-
COBBIX PEAKIMAX, 3aBUCUT OT MOBBIIIEHUA KOHIIEHTPAIMU HOHOB
Ca?" B murososne. Cpefu HUX TeHbI TPAHCKPHUIIIMOHHBIX (hAKTOPOB
C-repeat/DRE Binding Factor (CBF) — KJaoueBBIX PeryasiTopoB
peakmuyu Ha aOMOTHMUECKIUE CTPECCOBBIE BO3JEHCTBUA.
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B mMexaHu3Me aKTHBAIIUU SKCIPECCUU I'EHOB yYAaCTBYET TPyIIma
TpaHCKPUNIIMOHHBIX (pakTopoB CAMTA (Ca?'/calmodulin-binding
transcription activator). ¥ Arabidopsis o0Hapy:KeHO IIeCTh TaKUX
¢parTopoB. KapbokcurepmuHaibuasa yacTb MoseKyasl CAMTA dop-
mupyer Ca?'/KalbMOIYINH-CBA3LIBAIOIUN TOMEH, & B aMHUHOTED-
MuHaabHON yacTu HaxoxuTca CGl-momMeH, KOTOPBIM OIIOCPELyeT
B3auUMOJeiCTBUE C IIPOMOTOPOM I'€HA Uepes3 Cis-2JIeMEeHT, KOTOPBIi
HasweiBaloT CAMTA-cBaswiBatomuii cait (puc. 49). ITokasamo, uTo
TpaucKkpuniunonusie pakTopel CAMTA1l u CAMTAS3 omocpenyioT
KaJIbIIMeBbIN CUTHAJ U TPAHCKPHUIIIUIO M'eHOB YCTONUYMBOCTU K XO-
JIOOBOMY CTpeccy. O9TO OIIOCPEIOBAHME OCYII[ECTBJIAETCSA CJIEeNYIo-
oM obpasom:

1) Ipu HOBBIIIEHWU KOHIIEHTPAIIMHU KAaJbIUS B IIUTOILIA3ME
mosierkysa Kamnbmonyanaa (CAM — calmodulin) cBsaswiBaer
yereipe moHa Ca’';

2) KaIbIUHUPOBAaHHBIA KaabMmonyaun Ca%t/CAM cBasbIBaeTcs
¢ C-repmunanbubiM Ca?'/KaJIbMOIYINH-CBASLIBAIOIUM I0-
MeHOM TpaHCKpuininonuoro gaxropa CAMTA;

3) arkruBupoBanHbii CAMTA B Komitekce Ca?'/CAM/CAMTA
B3aumogeiictByeT ¢ CAMTA-cBA3BLIBAIOIIUM 3JIEMEHTOM IIPO-
MOTOPA W YyYACTBYeT B WHUIIMAIINU DKCIIPECCUU T'eHA.

Kanpmonynua CAMY7, Kak yKa3bIBAJIOCh BEIIIIE, ABJISETCS TPAHC-
KPUIIUOHHLIM PEryJIATOPOM U CIIOCO0EH HEIIOCPEACTBEHHO B3aWMO-
IefiCTBOBAThH C IPOMOTOPAMH HEKOTODPBIX I'€HOB.

MopaynAauuna akTUBHOCTU 6eNIKOB KaJlbLni-3aBUCMMbIMU KMHa3aMun

B KanpIueBOM CUTHAJIBLHOM MeXaHU3Me 3a/1eliCTBOBAHO OOJIBIIIOE
KOJIMYECTBO KMHA3, aKTUBHOCTb KOTOPBIX 3aBUCUT OT (QIYKTyaIlmil
MOHOB KaJbIIUs B IMTO30Jie (mompobHee cM. paszen «Kanbiiuii-sa-
BHUCUMBIE IIPOTEMHOBBIE KMHA3bBI» ).

Kansuuii-saBucuMsie mpoTenHoBbIe KMHa3b1 pacrenuii (CDPK —
Calcium-Dependent Protein Kinases) B C-TrepMuHaJILHONI YaCTU MO-
JIEKYJIBI MMEIOT KaJIbMOYJINH-TIONO00HBIN JOMEH, KOTOPBIA COTEPIKUT
yeThIpe KOHCcepBaTUBHBLIX EF-pyKu 1 mo3BoJisgieT HeIOCpeICTBEHHO
cBasbiBaTh MoHBI Ca?’. CBsswsiBamme ueThbipex moHoB Ca?' mpwuBo-
IUT K BBICBOOOKIEHWIO KMHAZHOTO aKTUBHOT'O ITEHTPA OT aBTOWH-
TuOUTOPHOTO AOMEHA W IOCJIeAYIoNeMy aBTO(hochHOPUINPOBAHUIO
CDPK, xoTopoe HeoOXOAWMO MJs TOJHOM aKTWBAIUU (pepMeHTa.
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B orBer ma geiictBue rubbepesinua kunasza CDPK1 perynam-
pyeT aKTHMBHOCTH TpaHcKpuminonHoro ¢daxropa RSG (Repression
of Shoot Growth). MHorue Kaabluii-saBUCUMble KMHA3bI (DYHKIIO-
HUPYIOT B curHajbHoli cucreme ABK. Hampumep, KaabIuii-saBUCH-
mbie KuHas3el CPK3 (Calcium Dependent Protein Kinase 3) u CPK6
MOIYJIUPYIOT aKTUBHOCTbL AHHMOHHBIX KAaHAJOB S-THUIIA, YYACTBYS
B ABK-peryasmnun ycreuunoit Tpancoupanuu. CPK4 u CPK11 doc-
dopunupyoTr Tpauckpuniiuonusie pakropsl ABF1 (ABRE-Binding
Factor 1) u ABF4, umeromie BakHOe 3HaUeHWE B (PYHKIIMOHUPO-
BAHUU 3aMBIKAIOINX KJIETOK YCTBUII.

CBL/CIPK. B pacTuTe/qbHBIX KJETKAX IIPUCYTCTBYET PETYJIATOP-
ueiii Ca?*-ceaseiBaromuii 6esiok CBL (Calcineurin B-Like — kaub-
nuHelipuH B mogo0HEBIN 6eJI0K), KOTOPBIH (QPYHKIIMOHUPYET B Kaue-
CTBe KaJbI[eBOro cencopa. OH mmeeT, KAk U KaJIbMOIYJINH, YETHIPE
Ca?'-ceaspiBaromux EF-pykm m mopyiaupyer aktuBHOCcTs CBL-B3a-
umozercTBytomnux nporenHoBbix KuHa3 (CIPK — CBL-interacting
protein kinase). Besxku CBL umeroT anuibHyI0 TPYIILY, KOTOPas yaep-
sKuBaeT ux Ha MemOpane. CBL ObLIn maeHTU(PUIIMPOBAHBI B ILIa3Ma-
aemme u ToHomiacte. Kunasel CIPK aBasiorcsa pacTBopuMbIMEU GeJi-
KaMU U JIOKAJIM3YIOTCSA B IIUTOILIA3Me U HyKJeomaasme. IIpu B3aumo-
nmeiictBuu ¢ KanabluaupoBaHubiMU CBL kuuaswsl CIPK mpusiekarooTcs
K memOpanam (puc. 49). B pacTuTesbHBIX reHOMax KOAUPYIOTCS
MHOKecTBo mHAuBUAyanabHbIX BuAoB CBL u CIPK. Ob6a cemeiicTBa
0eJIKOB SIBJISIOTCA MHOTO(GYHKIIMOHAJIBHBIMY CUTHAJIBHBIMU KOMIIO-
HEHTaMM, KOTOPbIe CIIOCOOHBI 00Pa30BBLIBATHL MHOKECTBO AJIbTEDPHA-
TuBHBIX KoMIiLmeKkcoB CBL/CIPK. CoBokynHocTh KommiekcoB CBL/
CIPK HaxoiuTcs B IleHTpe CHCTeMEI AexonupoBanua Ca’ -curuaios.

Cxema ¢@ynrnuonupoBanus cucrembl CBL/CIPK:

1) VYBenuueHue IUTOIIA3MATUUYECKON KOHIIEHTPAIUU KAaJbIIUA
IIPUBOAUT K CBA3BIBAHMIO yeThbipex moHOB Ca’?" EF-gomenamu
peryasTopuoro oenxa CBL.

2) KansnumuupoBauHbIi CBL coepuusercs ¢ CIPK uepes NAF-mo-
MeH, PACIOJIOKEHHBIN B KapOOKCUTEPMUHAIBHON YaCTH KUHA3HI.

3) HWsmenenue KoH(pOpPMAINU, BHI3BAHHOE B3aNMMOJENCTBUEM OeJI-
KOB, IIPUBOAUT K CMeIlleHn0 aBTonHruouTopuoro nomena CIPK,
KOTOPBIN BBICBOOOKIAaeT aKTUBHBIN KMHA3HBIN IEHTP.

4) AxruBuposanHas Kumuasza CIPK BzaumomeiicTByeT cO CBOUMU
MUNIEHAMU U POoCcHopUiInupyer uUx.
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Puc. 49. MexaHusM peryiasiiui aKTUBHOCTUA OEJIKOB KaJbMOAYJHUHOM (IO
Besson-Bard Bae, Choi, 2008, ¢ usMmeHeHUAMHU).

YcnoBHBIE 0003HAUEHUA:

CDPK — xanbrumii-saBucumble KuHasbl; CBL — Kasabmunaelipun B momo6-
mele Oenku; CIPK — CBL B3ammomelicTByIOIlie IIPOTEWHOBBIE KUHA3bI;
RSG (Repression of Shoot Growth) — Tpauckpuniuonusrii paxtop; CAM —
kampMmonynut; CaCMK — KaabIuii-KaJabMOLyINH-3aBUCUMbBIE KUHA3bI;
AKT1 — metikep-nogoousiiit K+ ranaim; SOS1 — Na+/H+ antunoprep
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Yepes CBL/CIPK peryiAaTopHYIO CHUCTEMY PeryJaupyercda MHO-
JKEeCTBO MOHHBIX KAHAJIOB, MOIYJISIINS aKTUBHOCTU KOTOPBIX BaKHA
B PasBUTHUU Pa3HOOOPA3HBIX CTPECCOBBIX PEaKIIN.

Kunasa CIPK24 aBisgercsa Ba)KHBIM PeryJsiTOPHBIM KOMIIOHEH-
TOM B MeXaHM3Me COJIeBOHM YCTOMUYMBOCTHU. B KoMIJjeKce C IJas-
majgeMMHEBIM Oenkom CBL4 sTa KuMHasa peryaupyeT aKTHBHOCTD
Na'/H"-aarunoprepa SOS1 (Salt Overly Sensitive 1). Kpome sToro,
CIPK24 mo:xxer cBaswiBaTbesa ¢ CBL10, KOTOpBIHA JOKAJIU3yeTCs
B BakyoJsasapHoir memOpane. Komniexc CBL10/CIPK24 monmynu-
pyer akTuBHOCTH ToHOMIacTHoro Na'/H*-amtumoprepa (puc. 49).

Cencoper CBL1 u CBLY9 B3aumopgeiictByior ¢ CIPK23, o6pa-
3ya kommiekcsl CBL1/CIPK23 u CBL9/CIPK23, KoTOpbIe crmeIu-
(pUUeCKHN PeryJupyoT aKTHBHOCTL TOJbKO OJHOTO IIMeiKep-IIomo0-
noro K*-kamama AKT1 (Arabidopsis K* Transporter 1). Ha gpy-
rue K*-KaHaJbl 3TU KOMILJIEKCHI HE BJIUAIOT.

CIPK1 coBmectHo ¢ CBL1 u CBL9 peryaupyer ABK-zaBucu-
mble 1 ABK-HesaBucuMble peaKIMi HA CTPECCOBbI€ BO3IENCTBUA.
Muorue ABK-zaBucumMble OTBETHI KOHTPOJUPYIOTCA KOMILJIEKCOM
CBL9/CIPK3.

3.4. KOBAJIEHTHAA MOANOUKALINA CUTHAJIbHbIX
NMOCPEAHNKOB

3.4.1. 3HaueHne 06paTMMOIN KOBaNIEHTHOMN
moaundurkauun

Mopynanusa akTUBHOCTH QYHKI[MOHAJHHBIX 0EJTKOB BCJIEICTBUE
U3MeHeHUA UX KOHMOPMAIMU OCYIIECTBJIAETCA He TOJbKO IPU
B3aMMOENCTBUM C aJIJIOCTEPUUECKUMHU PEeryjaaTopamMu, HO W Iy-
TeM KOBaJIeHTHOIN Mopudukanuu. TpeTnuHasa UIM YeTBepPTUUYHASA
CTPYKTypa OeJIKOB MOXKeT ObITh M3MEHEHA B Pe3yJabTaTe Pasaud-
HBIX IIOCTTPAHCIAIIMOHHBIX MEXaHM3MOB. ITO MOKeT OBITH JOCTHUI-
HYTO IIyTeM:

¢ IPUCOEIMHEHMA WJIN OTIIEIIEHNA IPOCTeTUUeCKuX rpymnn (goc-

daToB, cyab(daToB, MOHO- U OJUTOCAXAPUAOB U T. I.);

o MOAMMUKAIINY IIePBUYHON CTPYKTYPHI (OTPAaHUYEHHBIA IIPOTEO-

Jn3, OTIeTJIeHre KOHIIEeBbIX AMUHOKUCIOTHBIX OCTATKOB U 1P.).
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ITogoOHble M3MeHeHUA 0eJIKOB IIPOUCXOMAT IIOCTTPAHCJIIAIIM-
OHHO B IIPOIlECCE UX CO3PEeBaHUS, HO MHOTHE M3 MOAMMUKAIIUNA MO-
ryT OBITH OOPATUMBIMU U MCHOJB3YIOTCA KJIETKAMU B PEryJsTOp-
HBIX MeXaHW3Max.

Hawubosee sHAUMMBIMY B PEryJsITOPHOM OTHOIIIEHWUW W IIOBCE-
MEeCTHO PACHIPOCTPAHEHHBIMU B IIPUPOJE SABISIOTCA MOTUDUKA-
nuu 6eKoB ImocpeacTBOM (PochopuaIupoBaHUA U JAedochopPUInpo-
BaHUsA. PochopuaupoBanue 6eaKOB (mpucoenmueHure GocdaTHBIX
TPYII) OCYINECTBJISETCA NMPOTEeNHOBBIMU KHUHA3aMU — (epMeH-
TaMu, KOTOpble KaTanusupyor nepeHoc y-dochara ATP ma cmernm-
(pruUecKnil aMUIHOKUCJJIOTHLIN OCTATOK Oeaka-muiieHu. @ocharubie
TPYIIIbI B OEJIKOBBIX MOJIEKYJIaX MOTYT OBITH CBS3AHBI C PAa3JIUU-
HBIMU aMUHOKUCJIOTHBIMY OCTaTKaAMM: CEPUHOB, TPEOHUHOB, THUPO-
3WHOB, TUCTUAUHOB U ap. Hedochopunupoanme GochompoTenHOB
OCYIIleCTBJISAETCS NPOTeNnHOBBIMU (hocdhaTazaMu.

ITocTrTpancasamuonHas obpaTumMasa MoguuKanua OeJTKOB IIyTeM
dochopunupoBanus/gedochopuaupoBanus, UIu KHHa3HO-(pocoa-
Ta3HBIA IUKJ, ABJIAETCA BAXKHBIM DPEryJIATOPHBIM MEXaHW3MOM.
Benmenune niu ymanenue gocdarHOIl IPYIIILEI CIIOCOOCTBYET CYyIlie-
CTBEHHOMY Ilepepaciipe/ieIeHIIO0 3apAN0B B 0€JIKOBBIX MOJEKYJaX,
YTO B 3HAUUTEJHHON CTENeHW OTpa’kaeTcd Ha WX IIPOCTPAHCTBEH-
HOM CTPYKTYpPE U aKTHUBHOCTH.

KocBeHHBIM ITOATBEp:KACHUEM BayKHOCTU (ochopUJIrUpPOBAHUA
0eJIKOB ABJIAETCA HAJWUME YV dYKAPUOT OOJIBIIIOTO KOJIMYECTBA Te-
HOB, KOIUPYIOITUX ITPOTEeMHOBBbIE KMHA3bI U (ocharasbl. Hampuwmep,
B reHOMeE IPOsKiKell oOHapy:xeHO 0ojee 120 reHoB pasJMUHBIX IIPO-
TEeMHKWHA3, a TeHOM YeJIOBEeKa, 0 HEKOTOPBIM OIleHKaM, KOAUDPYeT
6osee 1000 stux depmenToB. B pacrenuax Arabidopsis thaliana
upenTuduiinporarno 175 cepuH/TPeOHUHOBLIX KUHA3 u okosio 100
docparas. Kpome Toro, 3HAUNUTEIHLHOE KOJMUYECTBO IIUTOILIA3MATHI-
YeCKUX O0eJIKOB 9YKAPUOTUUYECKUX KJIETOK (IPUMEPHO TPEThS YaCTh)
NMEIOT KOBaJeHTHO CBA3aHHBIN (hocdar.

dDochopunupoBanue u gedochopuInpPOBaHNE OKA3BIBAIOT IIPO-
TUBOIIOJIOKHOE OeHCTBUEe Ha cy0cTpaT. OTHU IPOIECChl ABIAITCS
CB0O€OOPA3HBIMHU IEePEKJII0YATEIAMU aKTUBHOCTH (PYHKITMOHAIBHBIX
O6eakoB. IIpu sToM 00IIell 3aBUCUMOCTHU MeXXKAy Haauuuem gocdar-
HOI Tpymnnbl (MJIM HECKOJBKUX TPYIII) U COCTOSHUEM OesiKa He Cy-
miectByeT. Ogunu 6eaKu B (POCHOPUINPOBAHHOM COCTOSHUU IIE€PEeX0-
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IAT B aKTHUBHYIO (popMy, a Apyrue, Hao00OPOT, — HUHTUOUPYIOTCH.
(HamoMHMM, YTO IMOJ aKTUBHOCTBIO CJIEYeT MOHUMATh HE TOJbKO
JIUIITh KaTaJIUTUYECKYI0 aKTUBHOCTHb (DEPMEHTOB, HO U CIIOCOOHOCTH
0eJIKOB B3amMMOJIeHICTBOBATh C MHBLIMU CUTHAJBHBIMU MIapTHEPAMU,
TO €CTh CIIOCOOHOCTH IlepelaBaTh CUTHAJ).

3HaunTeNIbHOE KOJUYECTBO OEJIKOB MMEIOT MHOMKECTBEHHBIE
caTel (hochopmarpoBaHmUsa, KOTOPble MOTYT MMETh Pa3JUdYHOE Ha-
sHaueHue. HampuMmep, B MOJIeKyJaX PeleNTOpP-IOA00HBIX KUHA3
OZHA YacTh CauTOB (PocHOopPUIMPOBAHUSI HEOOXOAMMA IJIA MOIYJIV-
POBaHUSA KaTAJIUTUUECKON aKTUBHOCTHU, a Apyras yuacTByeT B op-
MUPOBAHUM CBA3BIBAIOIIEIl ITIOBEPXHOCTH, HEOOXOAMMOM AJIS B3AIMO-
IericTBUA ¢ ApyruMu Oeakamu. Ilepekrouernrie aKTUBHOCTHA MOJKET
OCYIIIECTBJIATHCA MO MPUHIIUITY «BCE WU HUYETO» WUJIU MMETh rpa-
IVEeHTHBINI XapaKTep, TO ecThb BBeAeHUEe (hochOPHBIX I'PYHII HE IIPO-
CTO «BKJIIOUAET» WU «BBIKJIOYAET» 0EJOK, a YCUJIUBAET WUJIU OC-
nabasieT ero aKTUBHOCTD.

IIpucoeamuennre ocTaTkoB (ocOpPHOIT KUCIOTHI K MOJEKYJaM
0eJIKOB OCYIIIECTBJSIETCS HE TOJBKO MPOTEMHKMWHA3aMHu, HO W (ep-
MeHTaMu Jpyroro tuna — gocdorpanchepazamu, KOToOpble Iiepe-
HOCcAT dochar oT ogHOrO (hochopUINPOBAHHOTO OeJKa Ha APYyroii
0e3 ucnoabszoBanusa ATP. IIpumepom Taxoii TpaHc@epasbl SBJIS-
eTcsa ructuauHoBas Gochorpanchepasa HPt, xoTopasa GpyHKIIIOHN-
PyeT B ABYXKOMIOHEHTHOW MHOTOIIATOBOII PEryJsaTOPHOII cucTeMe
pacrenuii (cMm. pasgen «I[ByXKOMIOHEHTHBIE MHOTOIIIATOBBIE CUT-
HaJbHBIE CHUCTEeMBbI pacTeHuii»). HPt mpuuumaer dochar ma ocra-
TOK TUCTUIAMHA OT OCTATKA aclaparunHOBON KUCJOTHI receiver-mo-
MeHa THMCTHUAMHOBOI PEIelITOPHON KMHA3bl U IIEPEHOCUT ero Ha ac-
maparuHOBYI0 KHCJOTY receiver-momeHa peryiadropa orBera. Ilo-
MHMO HCTOYHHKA (pocopHOI rpynnbl KMHa3HbIe 1 (pochoTparche-
pasHble peaKIIuU OTJIWUYAIOTCA TeM, UTO B CUTHAJBHBIX MeEXaHU!3-
Max Ha ypOBHe KWHA3 ITPOUCXOIUT yCUJIEHVE CUTHAJA, a Ha YPOBHE
(pochorpanchepas — HeT.

3.4.2. PacTtenbHble NPOTENHOBbIE KNHA3bl

B pacTuTesbHBIX TKAHAX MPOTEMHKUHA3BI COAEPIKATCA B 3HAUM-
TEJHFHOM KOJIMYecTBe U pasHoobpasuu. IIpoTenHOBBIE KMHA3HI Pas-
[eJIAI0OT, TJIABHBIM 00pasoM, IO CyGCTpaTHOM CcHenudUIHOCTH —
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oHU (HocPOPUIUPYIOT KOHKPETHbIE aMUHOKHUCJIIOTHBIE OCTATKHU, JIO-
KaJm30BaHHBLIE B OIPEEJIEHHBIX MOCJEJOBATEIbLHOCTAX. ITU (dep-
MEHTBHI PA3JMYAIOTCA TaKiKe II0 aMHUHOKUCJIOTHOHN ITOCJeI0BATEb-
HOCTHU, ITPOCTPAHCTBEHHOW CTPYKType, CYObeIUHUYHOMY COCTaBY,
JIOKAJIU3aIluu, CIIoco0y aKTHUBAIIUU U NPYTUM XapaKTePUCTUKAM.

B pacTuTenbHBIX OpPraHM3MaX CEePUH/TPEOHHMHOBHIE KHUHA3BI
IpeACcTaBJISAIOT co00l Hambojiee BaXKHYIO0 U Pa3HOOOPA3HYIO I'PYIIY.
l'ucTumuHOBBIE KMHA3BI IIPEJICTABJIEHBI PEIENITOPHBIMU KUHA3aMU
IBYXKOMIIOHEHTHBIX cucTeM (cM. pasgen «['mcTuIuHOBBIE KUHA3BI
U IBYXKOMIIOHEHTHBIE CUTHAJIbHBIE CUCTEMBI» ). TUITMYHBIE THPO3HU-
HOBBIe KMHA3BI y pPacTeHUl (a TakiKe y rpubOOB) He 00HAPY KEHBI.
dDochopuarpoBaHne THUPO3UHOBLIX OCTATKOB y PACTEeHUM, TeM
He MeHee, OCYIIIEeCTBJISETCA, OJHAKO B 3HAUNTEJIbHO MEHBIIIEM Mac-
mrabe, ueM y JKMBOTHBIX. KaTaimsumpyroTca 5TU peaKIuU CepuH/
TPEOHWHOBBIMY KMHA3aMM, KOTOPbIE 00JIaJaf0T IITUPOKON crerudmy-
HOCTBIO. BEIIO 00HApPY:KEeHO, YTO TAKMMU CBOWCTBAMU 0O0JIagaioT:

e xuuaswl cemeiictea MAPKK, yuacTByIoIie B KUHA3HBIX KacKa-

Aax;

e KuHA3bI, (hochOopUIUPYIONNe IMUKJINH B-3aBUCUMble KUHA3HI;
® HEKOTODHBIE PEIeNTOP-MoA00HbIe KUHA3hI (HaIpuMep, PerenTop
6paccuuoctepounsa BRI1).

Cpenu OeJIKOBBIX KHHA3 CAMBIMHM PACIIPOCTPAHEHHBIMHU B JKU-
BOM MUpPe SABJSIOTCSA CePUH/TPEOHWHOBLIE KMHA3bI. Kciu, Hampu-
Mep, TUPO3UHOBBIE (PEIeNTOPHbIE) KMHA3BI XapaKTePHBI AJA JKU-
BOTHBIX, & TUCTUIUHOBEIE (PEIlelITOPHbIE) KMHA3bl — JJIA PACTEeHU
u GaKTepuii, TO CepUH/TPEOHUHOBBIE KMHA3LI O0HAPYKEHBI y BCEX
TPYIIIl OPTaHMBMOB U MPUCYTCTBYIOT y KaKJIOTO OTIAEJIbHOTO BUIA
B 0OJIBIIIOM Pas3HOOOpas3uuU.

K maumbosiee BajKHBIM CEPUH-TPEOHUHOBBLIM ITPOTEUMHOBLIM KU-
HasaM pacTeHHH OTHOCSATCS:

e Kasbluii-saBucumMbie KuHassl (CDPK);

e SNF1-ttogo0HbIe KUHA3KI;

® PEIenTopP-Mog00HbIE KUHASHI;
MAP-kunassr (MAPK), MAPKK, MAPKKK;
IMUKJNH-3aBUCUMbIe KUHA3bI;
kagzemH kuHasbl I (CK1), kazeun xuuaswl II (CK2);
GSK3;
CTR1.
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Kanbuuni-3aBncmmble npoTenHoBble€ KNHa3bl

Kanpnuii sBisieTcd YHHUBEPCAJbHBIM BHYTPHUKJIETOUHBIM MeC-
CEeHIKEePOM, KOTOPBLI HPUHUMAET yYaCThEe B PEryISIluu KU3HE-
neareabHOCTH KJaeTKu. Moubl Ca?" MoryT mpamo BO3ZeiicTBOBATHL
Ha (PYHKIMOHAJLHLIE OEJIKM, CBA3BLIBAAChH ¢ HuMHU depe3 Ca’'-cBa-
apiBatoriiue 1eHTpbl (EF-pyxkum), mam omocpesoBaHHO uepes3 HUBKO-
MOJIeKYJIAPHEIe peryiaaTopuble Ca’'-cBaspiBaromue OelKy, HAIPHU-
Mep KaJbMOIYJIVH.

CymrecrByer Tpu cemericTBa Ca’'-3aBUCUMBIX IIPOTEMHOBLIX KMHA3:

1) KaJbIUI-KaJIbMOIYJINH-3aBUCUMBIE TIPOTENHOBbIE KUHA3LI;

2) KaJbIuii-saBUCUMbIe KUHAa3hI (KaJIbMOAYJINH-TIOMO0HBIN I0-

MeH IPOTeNH-KWHA3HI);

3) CBL-B3auMopeiicTBYIOIINE MPOTEMHOBLIE KWHA3HI.

Kamsumii-kaasmonyauH-sasucumbie KuHasbl (CaCMK — calcium-
calmodulin-dependent kinases), ABIAOTCS TUMUUYHBIMU IJIS JKABOT-
HBIX (DepMEeHTaMu, HO KaK OKas3ajoCh, HE MMEIOT IITMPOKOTr0 PacIpo-
crpaHeHus y pacreumuii. Hanpumep, B reaome Arabidopsis He Ob1I0
00HApPYKEeHO TeHOB, KOAUPYIONIUX KUHA3BLI 9TOTO ceMelicTBa.

Muorue cepuH/TPEOHUHOBBIE KMHABBI KUBOTHBIX PEryJIHUpPY-
torcs Ca?t-gampmopynuuaom (Ca?'/CAM). B oTcyTCTBUM KaJIbIIUHU-
poBauHOro Kaabmoxyiamuaa CaCMK moamep:XKuBaioTCsA B HEAKTHUB-
HOM COCTOSHWU, IPU KOTOPOM ABTOMHTHMOUTOPHBIN paiioH (mceBmo-
cyOCcTpaTHBII MOTHWB) 3aKpPhIBAeT NOCTYH cyOcTpaTa K KUHA3HOMY
nomeny. Ilpucoeguuenne Ca?"/CAM k Ca?"/CAM-cBA3BIBAIOIIEMY
YYaCTKy CTUMYJIUPYET M3MeHeHre KOH(pOpPMAalluu KUHA3bI, UTO IIPU-
BOOUT K €€ aKTUBAaI[UU.

Kamasnuii-aBucumsie nporenaossie KuHassl (CDPK — calcium-
dependent protein kinases). AxTuBanus sTux KuHas momamu Ca?*
He TpeOyeT HPUCYTCTBUA KajabMonayauHa. B C-repMuHaIbLHOM paii-
OHE PACTUTEJHHBLIX KAJIbI[UI-3aBUCUMBIX IIPOTENH-KMHA3 HAXOIUTCS
IOMEH, KOTOPBIN COMEPIKUT UeThIipe KOHCepBaTuBHLIX EF-pyku u Ha
39% wumeHTHYEH KAJbMOIYJIUHY. OTOT YYACTOK HA3BIBAIOT KAJIbMO-
nynuH-mmogoousiM gomerHom (CLD — CaM-like domain). Pacturess-
Hble KaJbI[U-3aBUCUMbI€ KMHA3bI, B BUAY OCOOEHHOCTH UX CTPYK-
TypbI, HA3bIBAIOT TaKiKe KAaJbMOIYJIUH-TIOJOOHBIH TOMEH IpPOTe-
uH-KuHa3bl (a00peBuatypa CDPK mpwu stom coxpamsaercs: CaM-
like domain protein kinase).
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Hanunume EF-pyk B MoJieKyJje oIpeneaseT CIIOCOOHOCTL KMHA3
HEIIOCPEICTBEHHO CBA3kIBaThL MOHBI Ca’" m pearupoBarh Ha m3Me-
HeHUe MX KOHIIeHTpAaluu B KieTKe. CBs3bIBaHUE YEThLIPEX HOHOB
Ca?" KanbMOAYJIMH-IIOLOOHLIM JOMEHOM BLI3BIBAIOT KOH(OPMAIM-
OHHBbIEe M3MEHEHUS MOJEKYJbl KUHA3bl, UTO IMPUBOAUT K BBICBOOO-
JKIEHUI0 KMHA3HOTO aKTUBHOIO IIEHTPA OT aBTOMHIUOUTOPHOTO [I0-
MeHa. 9T U3MEHEHUS COIMPOBOKIAIOTCSI aBTO(MOCHOPUINPOBAHIEM
CDPK, koTopoe HeOOXOAUMO IJIs IIOJHOM aKTHUBAIIUU (pepMeHTAa.

B remome pacrenuit naeHTU(GUIINPOBAHBI MHOKECTBEHHBIE I'€HBI
CDPK. V¥V Arabidopsis thaliana obHapyKeHO 34 KMHA3bI ceMeNCTBa
CDPK u 8 6auskux mM 1mo cTpykrype CDPK-momo0HBIX KHHA3
(CDPK-related kinases). BosbIoe komnuecTBo n30(hopM, BEPOSITHO,
obecrreynBaeT CHEIU(PUIHOCTD U IIJIACTUYHOCTh OTBETA HA PA3IUU-
HbI€ CTHUMYJIbI, BJIUSIOIIE HA MOBBLIIIEHNE BHYTPUKJIETOYHON KOH-
nenTpanuu noHos Ca?t. Muorue usopopmer CDPK y pacrenuii skc-
IIPECCUPYIOTCS CHEMUMUUHO B 3aBUCUMOCTU OT THUIIA KJIETOK WU CTa-
IV PasBUTHUS OPraHm3Ma U OTIAeJbHBIX opranos. Kpome Toro, or-
neabuble (opmbl CDPK B3amMoOmelCcTBYIOT C OIpeeeHHBIMU OeJI-
KoBeIM MumieHamu. Munienamu CDPK aBisiorcs MHOrue (QyHK-
IUOHAJNbHBIE OJIKM C pasiaudyHbIMU (QyHKIuAMu. Hanpumep, ak-

BamopuHLl (HOOyauH 26 — aKBaIlOPUH CUMOMOCOMHOM MeMOpaHbI,
OKpYyJKaloIleil azoTpuKcupymoinue O0akTepun B KJIyOeHbKax 6000-
BbIX pacteHuii; o-TIP — ToOHOMmJIACTHBINA CYIeCTBEHHBIA O€JIO0K-.,

obHapy:KeH B cemMeHax (pacosu B MeMOpaHe BaKyoJeil c samac-
HBIM OeJIKOM), HUTpaT-peaykrasa, Cl-KaHaabl, caxapo3o-CUHTa3a,
NADPH-okcuzmasa, TpaHCKPUIIIMOHHBIE PETyJISATOPLI U IP.
CBL-B3aumopaenicTBylonue nporeunosbie kmHa3pl (CIPK —
CBL-interacting protein kinase) He numMeOT KaJabluii-CBA3BIBAIOIITNX
IIOMEHOB, HO UX aKTHUBHOCTb 3aBHCHUT OT KOHIleHTparuu noHos Ca?"
OIIOCPEIOBAHO Yepe3 KaJIbIIMii-CeHCOPHBbIe KaJdbliuHepuH B-11omo00-
weie 0eaku (CBL — Calcineurin B-Like). Besox CBL umeer 3Ha-
YUTEJHbHOE CXOICTBO C PEryJATOPHON B-cyObenmuuileil KaabIllnHeH-
PUHA ¥ HePOHAJBHBIM KaJbI[EBBIM CEHCOPOM JKHUBOTHBIX U IPOK-
skeii. Ilomo6uo KansMmonyanny, CBL umeer uerwipe Ca?t-cBasbIiBaio-
mux EF-pyKu u B3auMOIeNCTBYeT CO CBOMMU MUIIEHAMU B KaJb-
IMHUPOBAHHOM COCTOSHUU, MOAYJUPYSA UX aKTUBHOCTH. OZHAKO
B oTsimume OoT KaabMmoxyiamua, CBL cBasanbl ¢ MmeMOpaHaMu U pe-
TYJAUPYIOT aKTUBHOCTH (PepPMEHTOB TOJIBKO OJHOTO CeMeHCTBa —
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CBL-B3auMOAENCTBYOIUX IIPOTENHOBLIX KMHAa3. MeMmOpanHasa Jio-
kanusanusa CBL ompemensercs HaluuueM y 9TOro 0OejKa IIOCT-
TPAHCIAAIMMOHHON MoOAUGUKAIINNA B BUAE allMJIbHOU rpynnbl. O0Ha-
py:xeunsl CBL B miasmaTuueckoii 1 BaKyoJsdapHOII MmeMOpaHax. Ku-
Hassl CIPK mMeroT IUTOMIA3MaTHUYECKYI0 U SAePHYIO JIOKaJIMU3a-
U0 U IIPUBJIEKAIOTCA K MeMOpaHaM IIPU B3aMMOIEMCTBUU C KAJb-
nuHupoBanHoii popmoit CBL.

Mognexkynaa CIPK cocTouT 13 aMHHOTEPMHUHAJIbHOTO KMHA3HOTO
IOMeHa U KapOOKCUTEPMUHAJIBHOIO PEryJATOPHOTO JOMEHA, MEMXKIY
KOTOPBIMU HaXOAUTCA BapuabelbHBIN COeIMHUTEJIbHBIN YUYaCTOK.
B KapOokcUTEpMUHAIBLHOM PEryJIATOPHOM paiioHe HaXOAWTCS KOH-
cepBaTtuBHbIlI NAF-moMeH, HeOOXOAMMBINA AJIA B3aUMOIENCTBUS
¢ CBL, u PPI (protein-phosphatase interaction) momen, omocpemy-
fomuii B3aumogeiicteue ¢ gocdaraszoit PP2C.

VBesinueHne IIUTOIIA3MATUYECKON KOHIIEHTPAIMU KaJbI[USA
IIPUBOJUT K CBA3LIBAHMIO ueTbipex noHoB Ca’" EF-momemamu pe-
rynsaTopuoro 6enka CBL. KanbumuaupoBauubiii CBL coemunseTcs
¢ CIPK uepes NAF-momen. BzaumogeiicTBre 0€JIKOB CTUMYJIUPYET
U3MeHeHre KOH(opMaluyu KUHA3LI, B Pe3yJbTaTe Uero aBTOUHTH-
OMTOPHBIN M KMHA3HBIN JOMEHBI JUCCOIUUPYIOT. AKTUBUPOBAHHAS
kuHasza CIPK BzaummomeiicTByeT CO CBOMMU MuUileHAMu U (Pocdo-
puIupyer ux.

B renome pacrenus Arabidopsis komupyercsa 10 CBL u 26 CIPK
ay puca — 10 CBL u 30 CIPK. Koukperubie Buagsl CBL u CIPK
cruenudrUUeCKr B3aUMOAEHCTBYIOT APYTr ¢ ApPyroM, a obpasoBaH-
uble KoMmimekcbl CBL/CIPK momymupyioT akTHBHOCTH MeMOpaHoCc-
BS3aHHBIX MUIlleHeil myrem (QochopuaupoBauusi. Mexay UHIUBU-
nyansabiMu CBL 1 CIPK Bo3MO:XHO 00pasoBaHNe ajJbTePHATHUBHBIX
KOMIIJIEKCOB. OTO YBEeJIMUYMBAET KOJUUYECTBO BO3MOMKHBIX KOMOM-
HaIMii u o0eclieurBaeT TOHKYIO HACTPOWKY aKTHBHOCTH MeMOpaH-
HBIX KOMIIOHEHTOB MOJ BIMSHUEM PAa3JIMYHBLIX BHEIIIHUX BO3eil-
CTBUU pasHOIl MHTeHCUBHOCTU. COBOKYIHOCTH KoMmIiniekcoB CBL/
CIPK mpeacraBaseT coboii cBOeOOPa3HBIA IEHTPATBHBIN «IIPOIlEC-
cop» cHucTeMbl JexkogupoBaHua Ca’"-cUrHAI0B, KOTOpPLIe (DOPMUPY-
I0OTCS TIPU MIUPOKOM amamasoHe ctumyJtioB. Yepes CBL/CIPK pe-
TYJSATOPHYIO CUCTEMY PEryJupyeTcs MHOYKECTBO MOHHBLIX KaHAJIOB,
MOAYJISAIINSA aKTUBHOCTU KOTOPBIX Ba)KHA B PA3BUTUU PasHO0Opas-
HBIX CTPECCOBBIX PEaKIIUIi.
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SnRK — SNF1-nogo6Hble KnHa3bl

Pacrurenpunsie KuHa3bl ceMeiictBa SnRK sBasgoTCca roMoJio-
ramu apo:k:keBbIx KuHasd SNF1. Orcioma SnRK — SNF1-mozo6-
uele KuHasdel (SNF1 related kinase). K sTomy ke Tuny KuHa3 oT-
HocaTca AMP-aktuBupyembie KuHassl (AMPK) Mmiaexkonuraromimx.
Y Arabidopsis thaliana ngeHTUGUIIUPOBAHBI ABa IIOACEMelicTBa:
SnRK1 u SnRK2.

Bce kunmasnl, romosoruuabie SNF1, akTuBupyeTcsa IpemIouTH-
TEJIbHO B CTPECCOBBIX YCJIOBUSAX, IIPU KOTOPBIX CHUIKAETCH YPOBEHb
TJII0KO03bI U aJeHo3utrpudocdaros, a KoHIeHTpanus AMP moBbI-
maercsa. OCHOBHAsI CTPATerusi MeXaHN3MOB, PEryJIUPyeMbIX dTUMU
KMHa3aMu, HaIpaBJieHa HA CHUYKEHUE YPOBHS OMOCHUHTETUUYECKUX
IIPOIIECCOB U aKTUBAIUIO AJIbTePHATUBHBIX KaTaOOJINUECKUX IyTel.
9to cmocobcTByeT mosbinennio npoaykinuu ATP, u mepepacmpene-
JIEHUIO 9HEePreTUYeCKUX PEeCypPCcOB Ha aJalTallMOHHBIE ITPOIECCHI.

Kunaser SNF1, AMPK u SnRK 6Ju3Ku 10 CTPYKType U CBOM-
CTBaM, HO Ka’KI0e CeMelCTBO mMeeT clerupuiecKrue 0COOEeHHOCTH.
Kunasbl gpoikikell M JKUBOTHBIX MMEIOT I'eTePOTPUMEPHYIO CTPYK-
TYpYy: 0-CyOBeIUHUIIA KAaTAJTIUTUUEeCKasd, a B U Y BBIIOJIHAIOT pery-
JIATOPHBIe PYHKIINU ¥ YYACTBYIOT B CBS3LIBAHUU cyOcTpara. PacTu-
teabHble SNRK pasnauuarorcs Mme:xkay coboit mo cTrpykrype. SnRK1
CYII[eCTBYET B BHUE MYJbLTUMEPHOrO KOMILIEKCa, IMOJO0HO JKUBOT-
HBIM U IPOXKIKEBBIM romoJioraMm, a SnRK2 aBasgerca ogMHOUYHBIM
IMOJIAIIEIITAIOM.

Karanutuueckue cyoweguaunsl KuHas SNF1, AMPK u mozace-
metictBa SnRK1 mmeror BhICOKYIO cTemeHb romoJsoruu (60—70%)
B obsactu KmHasHoro momexHa. ¥ SnRK2 sBwissiaena 43% romoJio-
rusa ¢ kuHasHeiM gomenoMm SNF1. Kpome storo, aaa SnRK2 xapax-
TepeH OouYeHb KOPOTKUU C-TepMUHAJIBHBIA JOMEH, KOTOPBIN BKJIIO-
YaeT KUCJIBIA YYACTOK, COCTOSAIIUIN U3 IIOJUTIIOTAMATHBIX U IIOJIH-
acImapTaTHBIX IOCJeoBaTeJbHOCTel. Pasinunsa B KapOOKCUTEPMU-
HaJIbHOI 00J1aCTH, IMO-BUAUMOMY, OIIPEAEJSI0T CYyObeITUHUYHBIN CO-
ctaB SnRK1 u SnRK2.

AxtuBanua. SNF1 KuHaza akTuBUpyeTcA IIPU TJIIOKO3HOM TO-
JomaHuu. MexaHM3M aKTHUBAIlUM BKJOUAET (ochopuampoBaHme
SNF1 cunenmudpuueckoit kuHasoii. AxtusHocTh AMPK Haxomurcsa
IMOJ MBOMHBIM KOHTPOJIEM: PeryJsilus OCYIIeCTBJSETCA uepes
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aysmocrepuueckrne AMP-cBsasbpIBaroIue MeHTPbl u myTeM (ochopu-
aupoBauua cuenuduueckon KkmHazoir AMPK (AMPKK). AxTuBa-
nusa AMPK u nocienymoiee dochopuanpoBanme MUIIEHEH IIPUBO-
OIUT K CHUMKEHUIO IIOTPeOJIeHus MeTa00JIMUYeCKON SHEePruu B BUE
ATP 3a cuer mHaKTUBAIIUU PAga aHAOOJIMUECKHUX mpoiieccoB. OqHO-
BPEMEHHO C 9TUM IPOWCXOJIUT IepeKJUeHre MeTabon3Ma Ha uc-
MMOJIb3OBaHME AJbTEPHATUBHBIX YHEPTETHUYECKUX CyOCTPATOB MIJIs
yeunenusa cuaTesa ATP. Ilpu HaIuunyu MHOMKECTBA CXOIHBIX UepPT
mexay SNF1-mogoOHBIMM KHHA3aMHU JKUBOTHBIX W JPOJKIKEH, TeM
He meHee, SNF1 me aktuBupyerca AMP.

Pacrurenbubie kuHasbel cemeiictBa SnRK 1Mo 60JBIIUMHCTBY IPH-
3HAKOB OueHb cxomHbl ¢ AMPK MieKomuramoIimux, HO OHU He aK-
TUBUPYIOTCA aAeHO3UH-5'-MoHO(GOCHATOM U PETYJUPYIOTCA TOJIBKO
dochopunupoBanueM. SnRK1 nmeer cruemuduuecKiii oCTaTOK Tpe-
oHMHA-172, GpIaHKUPOBAHHLINI KOHCEPBATHUBHON IIOCJI€IOBATEIHLHO-
ctbio. ITogo0HAas mocaenoBaTeIbHOCTD, BKJIIOUAIOIAS TPEOHUH-172,
ectb y AMPK, npuuem AMPKK dochpopunupyer AMPK mno man-
HOMY TpeoHuHy. IIpeamosaraercs, uro SnRK1 Tak:ke gochopuan-
pyercs 1mo stomy caity. AxtuBanusa SnRK1 mpoucxomut B ycJio-
BUSIX CTpecca IIPU HMCTOIIEHUMN HCTOUYHUKA JEeTKOYTUJIU3UPYEMOTO
yraepona. Kak ObLimo mokasamo in vitro, pacrurenbHble SnRK1
GochopUauPYOT TUAPOKCUMeTHA-TayTapui-CoA-penykrasy, ca-
xaposodochar-cuHTa’dy U HUTpPaAT-peayKTazy. Pochopuaupysa sTu
depmenTsl, SNRK1 nHrubupyer cCMHTE3 M30MPEHOUI0B 1 CaXaposkl,
a TaKiKe BOCCTAHOBJIEHVE HEOPTAaHWUYECKOTO a30Ta W BKJIOUEHUE ero
B COCTaB OopraHuueckux coenuHenuii. AxtuBanusa SnRK1 Biauser
TaKJKe Ha M3MeHeHUe reHHoil skcupeccuu. SnRK1 mepempeccupyer
reHbl KaTabosnuecKux myTteii. Hampumep, reHbl caxapo30CHHTA3EI
1 (HepMEeHTOB TVIMOKCUJIATHOTO ITUKJA PEIPecCUpyTCa TJIIKO030M,
HO axTuBupyioTcsa SnRK1.

IIporemuakuuassl cemeiictBa SnNRK2 B (u3uoJIOTHUYECKN OITH-
MaJIbHBIX YCJIOBUAX WHIHMOUPYIOTCA cheruduuecKkuMu docdarazamu
2C. Ilox BO3melicTBHEM Pa3NUYHBIX A0MOTUUYECKUX CTPECCOB Pempec-
cus CHUMAaeTcs nmyreM mHakTuBanuu ¢gocdaras. Muirenamu SnRK2
SIBJISAIOTCA, HAIIPUMED, TPAHCKPUIIIMOHHBIE (PaKTOPBI, PETYIUPYIO-
mue akTuBHOCTh ABK-3aBucumbix renoB. IIpumepom SnRK2 ku-
Hasbe! aBagerca 42 k]l 6enox NtOSAK (Nicotiana tabacum osmotic
stress-activated protein kinase), o0HapyKeHHBIN B KJeTKax Tabaka.
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PeuenTtop-nogo6Hbie KNHa3bl

Penentop-nono6unie Kuunasel (receptor-like kinase — RLK)
y pacTeHuil mpeAcTaBJeHBI B OOJBLIITOM pasHoobOpasuu. Bce oHu
UMeIOT CXOLHYIO CTPYKTYPY U MeXaHm3M aKTuBanuu. PerenTop-1o-
ITOOHBbIE KMHASKI IIPENMYIIECTBEHHO SIBJISTIOTCSI MOHOMEDHBIMU TPAHC-
MeMOpaHHBIMHU OeJIKaMU, KOTOPbIE IIepecekanT MeMOpaHy OAMH pas.
3HaunTeJbHBIE OTJINUYUA OOHAPYIKUBAIOTCSI B 9KCTPAKJIETOUHOM pe-
IIEIITOPHOM JoMeHe KrnHas. PasiauuaiorT 4 OCHOBHBIE I'PYIIIBI Pellel-
TOP-IOAOOHBIX KUHA3:

1) LRR-rpynma;

2) S-momeH rpymnna;

3) JIeKTUH-TOHOOHBIN AOMEH I'PYIIIa;

4) EGF-rpyumna.

Y pacreuuit Arabidopsis Tak:ke 00HAPYKEHO HECKOJIbKO peIlel-
TOP-TMOAOOHBIX KMHA3, 00JIafaionNinX CHIeUu(PUIeCKUMHU CTPYKTYP-
HBIMU OCOOEHHOCTSIMU, KOTOPHIE He IIO3BOJIAIOT OTHECTU ITHU MOJe-
KYJbl K ONHOU M3 yKa3aHHBIX I'DYIIII.

LRR-rpynna. 9KcTpaKJeTOYHBIA JIUTAH[-CBA3BIBAIOIINN [10-
MEH PeIlernTopP-II0J00HbIX KUHA3 9TON TPYINbLI BKJIOUYAET TaHIeMBbI
MHOK€eCTBA JIeHIInH-000ralleHHbIX IT0OBTOPOB. Hampumep, permentop
opaccunoctepounoB BRI1 comep:xut 24 nednuH-000TaIeHHBIX ITOB-
topa (LRR). LRR pacmosio;KeHbI ITocjieOBaTeIbHO IPYT 3a APYTOM,
u ToabKo Mexay 20 u 21 LRR pacmosiokeH y4acTOK, KOTOPBII Ha-
3pIBaioT ocTpoBHOM gomeH — ID (island domain). Oxmu us mneii-
IUHOBBIX MOBTOPOoB — LRR21 — orauuaercsa ot apyrux LRR me-
OOBIYHBIM METHOHUWH-000TAIleHHBIM ITOBTOPOM. YYaCTOK, COCTOS-
Ui 3 94 aMUHOKUCJIOTHBIX OCTATKOB, BKJIIOUAIOIINUI OCTPOBHOM
momer u LRR21 (ID-LRR21), ugentuduiiupoBan Kax OpaccuHO-
cTepou-cBa3bIBapIuil caiit. Mexanmsm aktuBanuu BRI1 onucan
B pasmese «Perentop-mogo0HbIe KUHA3HI».

Kpome pementopa BRI1, K cepun/rpeonunoBbiM LRR-permern-
TOP-IOAO0OHBIM KHHA3aM OTHOCSTCS PEeIeNTOPHhI HeNTUIHBIX Pery-
JIATOPOB.

CLV1 (CLAVATA1l) — penenTtop mentunHoro peryaaropa CLV3.
CLV1 yuacTByeT B MexXaHU3Me, IIOCPEACTBOM KOTOPOI'O yCTaHABJIMBA-
eTcs U MOAAEePsKMBaeTcA OaaHC MPOIleccoB mpoJsudepanuu u aud-
depeHIIUAINY KJIETOK aIUKaJIbLHBIX MepucTeM credsisa. CBA3bIBaHUTE
CLV3 ¢ CLV1 mpuBOAUT K MHTUOMPOBAHUIO BOCIPOU3BOIAIIETO Je-
JeHUudA KJIEeTOK U CTUMYJIUpPyeT mpolecc AupdepeHTUAINN.
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SR160 — penenrtop cucremuHa tomarta TomSys. CucreMun
BBITIOJIHSIET KJIIOUEBYIO POJIb B PeaKkIMU PACTeHUs HA BO3AeHCTBUE
CTpeccoBOro (pakTopa, aKTHUBUPYS MPOAYKIIMIO MOOMJIBHOrO (hak-
TOpa, KOTOPBII obOeclieurBaeT Pas3BUTHE CUCTEMHON YCTOWYMBOCTH.

S-momeH rpynma. BHeEITHEKJEeTOUHBIN TOMEH pelenTop-momo0-
HBIX KMHA3 S-IOMEH IPYIIILI OJIM30K II0 CTPYKTYpPE TNIMKOIPOTEUHY
S-nmoxyca (S-locus glycoprotein — SLG) pacreuwuit poma Brassica.
Ons1i S-moMeHa XapaKTepHO HaJIWUYWe KOHCEDPBATUBHBIX ITMCTEMH-
oboraireHHbIX MOTUBOB. IIpocTpaHcTBEHHAS CTPYKTYPa 9TUX AOMe-
HOB CTa0MIM3UpyeTcsa myTeM oOpasoBaHUA AUCYIbL(MUIHBIX CBs3eil
MEKIYy OCTAaTKaMU KOHCEPBATUBHBIX ITMCTEMHOB.

OpHuUM U3 IpencTaBUTeJIell 9TOW T'PYHMbI ABJISETCSA PEIEITOP
SRK (S-locus receptor-like kinase) Brassica, y4acTByIOIIuii B Mexa-
HU3Me caMoHecoBMecTuMOCTH. CucTeMa caMOHECOBMECTHUMOCTHU Pac-
TeHu# obecmeunBaeT pPacHIO3HaBaHNE W OTTOPKEHUE ITBLIBIILI 0JIM3-
KOPOJCTBEHHBIX WHAWBUIOB (B TOM YHCJe U CBOEH COOCTBEHHOIT)
IpU HOMAJAHNHU ee Ha PBLIbIE IIEeCTUKA. ITO CBOMCTBO CIIOCOOCTBYET
IIPeIOTBPAIleHNIO0 OJIM3KOPOACTBEHHOI0 CKPEIUBAHUS U IIOIIep-
JKAHUIO BHYTPUBUIOBOTO reHETUYECKOr0 pasHooOpasusa. Jluranmom
SRK sBnserca mentunubiii peryasarop SCR/SP11 (S-locus cysteine-
rich protein/S-locus protein 11). CamonecoBMeCTUMOCTb KOHTPO-
JIAPyeTCAd eNUHUYHBIM MYJIbTHUAJJIEIbHBIM JIOKYCOM, Ha3BAHHBIM
JIOKYCOM cTepuJbHOCTU (S-J0Kyc). B cuctemy camMOHECOBMECTHUMO-
ctu Brassica BxoguT Tak:ke rimkomnporend SLG, ogfHAKO 3HAUeHIe
aTOTO Oejika B MeXaHM3Me HEeCOBMECTUMOCTH HEeBBISICHEHa. ¥ pac-
TeHuit Arabidopsis thaliana oOHAPY:KEHO TPU PEIENTOPIONOOHBIE
KMHAa3bl S-IOMEH TPYIINbI, OJHAKO K CHCTEME CAMOHECOBMECTHUMO-
CTU OHU He MMEIOT HHKAKOr0 OTHOIIEHUS.

JIEKTUH-TIOTOOHBIN MTOMEH rpynmna. OKCTPaKJEeTOUHBIN JOMEH
9TUX PEIeNTOP-MOAO0OHBIX KHHA3 II0 CTPYKTYPE OTHOCHUTCA K JIeK-
THaM 0000OBBIX U JIEKTUH-TOH00HOMY Oenky Arabidopsis thaliana
Lec2. Ilpexnmosaraercs, YTO PEIEIITOPBI 9TOI T'PYIILI CBA3LIBAIOT
OJIUTOCaXapuabl — MHPONYKTHI PaspyIlleHus KOMIIOHEHTOB KJIETOU-
HOM CTeHKH, BHI3BAHHOTO AeHCTBUEM MHATOTeHHBLIX I'PUOOB.

EGF-rpynma. 9xcrpakijeroudas dyacTb MojeKysa EGF-rpynnbet
COIEepKAaT IMOBTOPHI, XapaKTePHble IJIA SIIUIePMAJILHOI0 POCTOBOTO
darkropa (EGF) miexkonuramiux. 3HaUYeHUE PEIenTOP-IMog00HBIX
kuHa3 EGF-rpynmne!l y pacTeHuili HeM3BEeCTHO.



KOBAJIEHTHA MONOUKALINA CUTHANIbHBIX NOCPENHWNKOB 171

MAP KuHa3bl

B KiyeTKax KUBOTHBIX U TI'PUOOB BBISABJIEHBI U OXapaKTepPU30-
BaHBI KMHA3bI, (OPMUPYIONHE KaCKaJHble PeTyJATOPHBIE CUCTEMBI
(nnu mopynu). VIX Ha3BIBAIOT MUTOTE€H-aKTUBUPYEMBIMH IPOTEHHO-
BhIMHM KuHa3aMu u obosnauaior MAPK (mitogen-activated protein
kinase) uniu MPK. Kunasuble KacKaabl BKJIOUYAIOT Tpu (perxe de-
ThIPE) KWHA3bI, KOTOPBIE IIOCJIeOBATEIHLHO (hochOPUIUPYIOT APYT
npyra. Moxgyau pa6orator B HanpaBienunu MAPKKK — MAPKK —
MAPK. Kunasy, sambikawinyo Kackan (MAPK), dochopunupyer
kunaza MAP kunrassr (MAPKK), Kotopasa B cBoio ouepensb docdo-
punupyercs KuHasoir KmHasbl MAP kunaser (MAPKKK).

Bce KuHa3bl KMHA3HOTO KAcKajga MMEIOT aJibTepHATHUBHBIE 000-
3HAYEHUA:

MAPK (MAP kunaza) — MPK;

MAPKK (xunaza MAP kunass1) — MAP2K, MEK unu MKK;

MAPKKK (kunaza kunaspl MAP kunaser) — MAP3K, MEKK.

Eciu B Kackame ydJacTByeT ueTBepTas KHUHAa3a, (Gochopuampy-
omasas MAPKKK, ee HaspiBaloT KMHA30#H KWHA3bI KMHA36l MAP
kuHa3pl — MAPKKKK wnin MAP4K.

BonbImuHCTBO KMHASHBIX KACKAJOB y KUBOTHBIX aKTUBUDPY-
orcsa yepes manbie G-6enku, Koropbie B GTP-cBszamHOl (aKTUB-
HOIT) hopMe HemocpeacTBeHHO B3aumomeiicTByioT ¢ MAPKKK (uiu
MAPKKKK).

B pacTuTenbHBIX KJETKAX UAeHTHU(GUIIMPOBAHBI KMHA3BI BCEX
TpeX IIOJCEeMEeMCTB CTaHAAPTHOTO MOAyJasaA. B reHoMe apabumoricuca,
Hampumep, obuapy:xkerno 20 MAPK, 10 MAPKK u 60 MAPKKK.
Muorue 1u3 TUX TeHOB OBLINM KJOHUPOBaHBI. IlocpeacTBoM KuHa-
3HBIX KACKaJ0B PEryJUpyeTcs aKTHUBHOCTb MHOMKeCTBa (DYHKIIHO-
HaJbHBIX 0EJIKOB, B TOM umcje (hepMEHTOB M TPAHCKPUIIIIUOHHBIX
(haKTOPOB.

PacTturenbHble KMHA3BI 001aJaI0T KOHCEPBATUBHBIMU CTPYKTY-
pamMu, XapaKTepHbIMHU AJA aHAJOTUYHBIX KWHA3 YKUBOTHBIX U I'DU-
6oB. MAPK cogep:xar motuB Thr-X-Tyr B «T-merme», KoTopyio
TaKk:Ke HasbIBAIOT cerMeHTOM akTuBamuu. [lina aktuBanuu MAPK
HeobxoaumMo (ochopuaInpoBatie TPEOHNHA U TUPO3MHA B CerMeHTe
akTuBamuu, Koropoe KaramusupyeT MAPKK — xumHasa IIIUPOKOit
cuenudpuunoctu. MAPKKK dochopunupyer B moaexyie MAPKK
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OCTATKU CEePUHOB HJIM TPEOHHHOB, KOTOPbIE€ SABJISAIOTCS KOHCEPBa-
TUBHBIMU [IJIsI PACTEHUMH.

Kunasuble Kackagbl aKTUBUPYIOTCA MHOTMMU BHEIIHUMU CTHU-
myJaMu U ropmoHamu. [Ipu mobGaBieHUN ayKCHUHA B KYJIbBTYPY KJe-
ToK Tabaka MAPK akTuBupoBaJjiach ueped OATH MUHYT. B JIucThIx
Tabaka uyepes3 MUHYTY IIOCJI€ IOPAHeHWs Oblja aKTUBUPOBAHA OMHA
n3 MAPK — WIPK (wound-induced MAPK). Ilokasauno Tax:xe,
yro WIPK BoBjIekKaeTca B aKTHUBAIUIO (DEPMEHTOB OKTaNdeKaHOU-
HOTO TyTU (CUHTEe3a YKAaCMOHOBOM KWCJIOTHI).

B mporomnmactax KJeTOK ajeiipoHoBoro cjod sumeHa MAPK
aKTUBHUpPOBaJach aOCIIM30BOM KICJOTOI uepes3 MUHYTY. B JIHMCTbIX
KJieBepa aKTUBAIUA 9TOT0 (PepMEeHTa MPOMCXOINJIA IO BIUSHHEM
PAas3IMYHBLIX CTPECCOBBIX BO3AENCTBUII (X0J0M0BOI IIIOK, 00€3BOKI-
BaHMe, ImoBpe:xkaeHne) 6e3 yuactus ABK.

BaskHoi# ocobeHHOCTHIO OoabITHCTBA M3BecTHBIX MAPK saBisa-
eTcsl TO, UTO AKTHUBAIUA 9TUX (PEPMEHTOB KPATKOBPEMEHHA. ITO
CBsA3aHO C TeM, uro npu aktusanuu MAPK crumynupyercsa TpaHce-
kpunmusa crnenupuueckux MAPK docdaras gBoiiHoii cruemu@pmud-
HOCTH, KOoTopbkie medochopunaupyior MAP xuHas3bl BceX YpPOBHEII.

UuknuH-3aBucnmble KnHasbl (CDK)

Huraun-zaBucumbie Knuasbl (CDK — cyclin-dependent kinases)
¥ IIUKJWHBI OBLIN IIePBOHAYAIBHO OTKPBITHI KaK KJIOUEBBbIE PeryJis-
TOPBI KJIETOUHOTO ITHMKJA, OTKYAAa W MOJy4Yuau cBoe HaszBauue. Co-
BMECTHO 3TU 0eJKM KOHTPOJUPYIOT Iepexol K CHMHTeTUYecKou (ase
nau Mutody. OgHAKO He BCe IUKJINH-3aBUCHMbIe KMHA3LI UMEIOT
OTHOIIIeHNE K PeryJANNN KJIETOUHOTO HeJeHUd.

MukauH-3aBUCUMbIe KMHASHI APOKIKEN M MJIEKOIUTAIOIMUX SAB-
JAI0TCsa HeboabIuMu OeaxamMu (0Kojao 34 kll) m mpeacTaBaSIOT CO-
00l MUHUMAJIBbHBLIIA KUHA3HBIA JOMEH. B ¢CBOOOJLHOM COCTOAHUU 3TU
0eJKM KaTaJIUTUYECKW HEeaKTUBHBI 1 IPUOOPETaoT KMHA3HbIE CBOIi-
CTBa IIOCJIEe CBA3BIBAHUA C IIMKJIMHAMU. BasKHBIN OJIsI B3auMOIeli-
CTBUS C MUKJIUHAMHU YYaCTOK CONEPKUT KOHCEPBATHUBHYIO IIOCJE-
noBaTenbHOCTE PSTAIRE. BoJBIMNMHCTBO IIUKJINH-3aBUCUMBIX KU-
Ha3 BBITIOJHAIOT MHOKECTBEHHBIE POJIU, U UX (GYHKIIMOHATLHAA aK-
TUBHOCTH 3aBUCUT OT TOTO, ¢ KAKMMHU IUKJIUHAMU OHU OYIyT ac-
COIIMUPOBATHLCA.
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MuKIVHBI U TUKJIUH-3aBUCUMbIe KMHA3LI CUHTE3UPYIOTCA U Jie-
rpafupyIoT B OIpeJesieHHbIe MePUOoAbl KJeTouHoro IukJa. Ob6pa-
3oBaHHBIN rerepoaumMep nukaInH—CDK elfe He akTuBeH u TpedyeT
IaJbHENIell akTuBanuu myteMm ochopuaupoBanus/medochopu-
aupoBanus. [[UuKIMH-3aBUCUMbIe KMHA3bl UMEIOT BA OCHOBHBIX
y4dacTKa (pochopuInpoBaHUA:

1) ocraTtox TpeoHmHa B akTuBanuouHoii T-metye dochopuan-
pyercs nuKJInH-akTuBupylomeit kunasoir (CAK — cyclin
activating kinase);

2) ocraTok TuposuHa B mociaemoBaTenbHOCTH GXGXYX (oc-
dopunupyerca IPYyrol KWHa30¥W (HAIIPUMED, Y AEIANTUXCSA
IPOoKIKel momobOHbIl (hepMeHT HasbiBaeTcsa Weel).

Ecniu dochopunupoanme TpeoHHHA HEOOXOAUMO IS aKTHUBa-
nuu CDK, To dochopuirnpoanre TUPO3WHA, HA0OOOPOT, MHTHUOM-
pyer depmenT. [ OKOHUYATEIbHOW aKTUBAIIUY ITUKJINH-3aBUCUMOMA
KHHAa3bl HE00XOAMMAa aKTHUBHOCTDL (pocdaTasbl, OTINEIIAI0NIel doc-
¢opHYIO IpyIITy OT TuposuHa (y Jendinuxca apokikeir — CDC25).

Taxkum o0pasoM, IIMKJINH-3aBUCHUMbIe KHHa3bl aKTHUBUPYIOTCS
B HECKOJIbKO 9TaIoB:

1) accommanua ¢ MUKJANHAMU (9TOT 3TAal KOHTPOJIUPYETCA

Ha YPOBHE TPAHCKPUIIIIUN);

2) dochopunuposane y4acTKOB aKTUBAIUU (TPEOHUH) U WH-
rubupoBaHUA (TUPO3UH);

3) nmedochopunupoBanue GochoTUPO3IUHA.

Y pacrenuii Arabidopsis thaliana obHapyKeHBI 2 reHa, KOIU-
PYOINUX IUKJINH-3aBUCHMble KuHaskl — CDC2a u CDC2b. Oxua
u3 Hux, CDC2a, comep:xkutr motus PSTAIRE, KOTOpBIii IIOJHOCTHIO
COOTBETCTBYET aHAJOTMUYHON MOCJenoBaTeJbHOCTH ¥ KuHasbl CDC2
apoxkskeii. B moaeryse CDC2b 3TOT MOTHUB OTJIMUYAETCS IBYMSA aMU-
vHokucaoramu: PPTALRE. IlepBas KuHasa c IoCJIeJ0BaATEIbHOCTHIO
PSTAIRE skcnpeccupyeTcsa Ha IPOTSAKEHUHU BCEro KJIETOUHOTO
muKJa, Torna Kaxk Bropad (¢ BapmanTom PPTALRE) — B Teuenue
OTPAHMYEHHOTO BPEMEHHOTO IMEePUOoJa MeKIy CUHTEeTUUYECKOu Ga-
301 1 MUTO30M.

B pacrenusx Arabidopsis thaliana o6HapyKeHBI U KJOHUPO-
Baubl Takyke CDK-akTuBupyiomaa KuHasa, 10 mukanuao A/B Tuma,
yUacTBYIOIMUX B peryasanuu mepexoma G2—S, u Tpu MUKJINHA
D tumna (perynaamnusa nmepexoma G1— M).
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KazeunHoBble KnHasbl CK1 n CK2

IBa momcemelicTBa KasemHOBbIX KuHAa3 (casein kinase — CK)
OBLIN BBIABJIEHBI IO UX CIOCOOHOCTH (POCHOPUINPOBATL MOJOUHBIH
6esnox rkasens. CK1 u CK2 3HaunTeJ IbHO OTINUYAIOTCA APYT OT APyTra
M0 aMUHOKMCJOTHOM ITOCJeI0BATEIbHOCTHA W IIPOCTPAHCTBEHHON
CTPYKType, HO, TeM He MeHee, MMEIOT HEeKOTOpble OJU3KNe CBOIi-
ctBa. KuHaswsl o0enx moacemMeicTB (POCHOPUIUPYIOT OCTATKU TPEO-
HUHOB M CEPUHOB BO3Ji€ KUCJIBIX YUACTKOB AaMUHOKMCJIOTHOM IIETIH.
Pasuuma sakamouaerca B ToMm, uro CK1 mpeamoumTaer y4yacTKH,
B KOTOPBIX KUCJIbIe aMUHOKMCJIOTHI HAXOIATCSI OTHOCUTEJIbHO Ce-
puHa/TpeoHrHa ¢ N-KOHIIEBOW CTOPOHBI B moJioskeHun P—3, a CK2
¢ KapOOKCHKOHIIEBOII — B MHOJIOXKeHuu P+3.

IIpenmosaraercs, uro aktuBHocTh CK1 um CK2 He HaxomATcs
moJ TOHKUM KOHTpoJgeM. [lo-Buammomy, 3Tu KMHAa3bl obecmedn-
BalOT KOHCTUTYTUBHBINA 0as3aJbHBIN ypPOBEHb (PochopUIMpPOBAHUS,
a peryjsiusd OCYIIEeCTBJIAETCA 3a CUeT aKTUBHOCTHU IIPOTEMHOBBIX
(docdaras.

Kunaspr CK1 aABisioTcA MOHOMEPHBIMU OesJKaMu. ¥ HUX JO-
CTaTOUHO HIMPOKHUII CIEKTpP cyOcTpaToB in vitro, HO B GOJIBIINH-
CTBe ciiydyaeB (pocopuimpoBaHrEe He NPUBOAUT K U3MEHEHHUIO aK-
TUBHOCTU cyOcTpara.

dyuxnuu CK1 He BBISCHEHBI, HO KaK IIOKAa3bIBA€T MYTaIlHOH-
HBIF aHAJIMW3, 3TM KWHA3bl MMEIOT YPe3BLIUANHO BasKHOE 3HAUECHUE
B IeATeJILHOCTU KJEeTOK. Ha AposkiKax ImoKasaHo, UTO JeJIeIUN JBYX
remoB CK1 (YCK1 u YCK2) aBadioTcA JeTaJIbHBIMHU, a Hapylile-
Hue reHa HRR25 NPpUBOAUT K TMIEePUYBCTBUTEILHOCTU K AeHCTBUIO
JHK-moBpexkpatoniux areHtoB. To ectb, npoayktT rera HRR25
yuactByerT B MexaHuamax pemnapanuu [[THK. B remome Arabidopsis
thaliana BBIABJIEHO ISATH I'eHOB, Kogupyoomux usopopmbl CK1.
Crpykrypa CK1 pacrennii cxogaa ¢ CK1 MIeKonuTamInX.

Kunaser CK2 MIEKOTHUTAIONIUX CYIIIECTBYIOT IPEUMYIIIECTBEHHO
B (hopme TeTpamepa a,b, m 00JIamaI0T HEOOBLIUHON IJIsA KUHA3 0OCO-
O6ennocthio: Hapany ¢ ATP ouu mcomoassyior tak:ke GTP. Cyosbe-
OIVHUIBI @ ABIAIOTCA KATAJIUTUUYECKUMU, a b BBITIOJHAIOT PEryJss-
TOPHYIO POJIb — MOAYJUPYIOT aKTUBHOCTH IO OTHOIIEHUIO K OIIpe-
meneHHbIM Tumam cybcrpara. Cpeam mumienein CK2 y mienuraro-
mux ectb JHK-cBaspiBatomniue 6eIKu, HAIpUMep, pd3, U TOIOU-
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somepasa II. AxtuBHocTs CK2 CBSA3BIBAIOT C YCTAHOBJIEHHEM KJie-
TOYHOM MOJSAPHOCTH W (PYHKIIMOHUPOBAHMEM KJIETOUHOrO I[MKJIA.
Hapymenne nByx remoB CK2 y Saccharomyces cerevisiae (CKA1
u CKA2) umeror JieTaabHBIN XapaxkTep.

Y Arabidopsis thaliana BbIABIEHBI 1Be 130()OPMBI KaTaJIUTHUE-
CKOIi CyOBbeIUMHUIILI @ U IBe — peryaaTopuoir b. B kaerkax CK2
MIPUCYTCTBYET B MOHOMEPHOU (hopme (a) u B Buze Terpamepa (a,b,).
Kax um y maexonuratomux CK2 pacrenuii ¢gochopuaupyer cepus,
GJIaHKUPOBAHHBIN KUCJIBIMUA aMAHOKUCJIOTHBIMU OCTATKAMM, U HC-
noas3yer ATP u GTP.

Cemencreo GSK3/Shaggy

GSK3-momobHble KMHA3BI IPECTABIAIOT TPYIIIY BHICOKOKOHCED-
BATUBHBIX KOHCTHUTYTHUBHO AKTHBHBIX CEePUH-TPEOHHMHOBBIX KUHA3,
KOTOpPBIE MPUHUMAIOT YUYACTHE B MHOTOUNCJIEHHBIX CUTHAJIBHBIX IIY-
TAX, TOCPEACTBOM KOTOPBIX PEryJupyercs MeTaboaus3M U PasBUTHE
KJeTOK ¥ TKaHeil. OnuH u3 GepMeHTOB MJIEKOIUTAIOINX, YIACTBY-
OIUX B MHCYJUH-3aBUCUMOM MeXaHU3Me CUHTEe3a IJIMKOTreHa, KU-
Hasa riamKoreHcuHTasbl-3 (glycogen synthase kinase-3 — GSK3),
SIBJISIETCA TJIABHBIM IIPEACTABUTEJIEM STOr0 ceMelicTBa KMHA3 U JaeT
eMy HasBaHUe. AKTUBHOCTE KUBOTHBIX GSK3 peryaupyetcs ¢ocdo-
punupoBanueM. IIporemakuuasa B nunaktusupyer GSK3, dochopu-
JIUPYSA CEPUHOBBIN OCTATOK B aMUHOTEPMUHAJIBHOM goMeHe. ['omo-
JoruuyHasa KuHasa Drosophila melanogaster, npogyKT reHa shaggy/
zeste-white 3, HeoOxoxMMa AJIsI KOHTPOJIS IPOIECCOB Pa3BUTHUA.

K nmamHOMY ceMelCTBY OTHOCHUTCA pacTUTeJdbHas KuHaza BIN2
(Brassinosteroid Insensitive 2), yuacTtBymoIinas B GpacCHHOCTEPO-
uguom cur"ase. BIN2 umeer 70% romosioruio ¢ GSK3. Hanboin-
1ee CXOJACTBO OOHApYsKUBaeTcsd B 00JIACTH KaTaJIUTHUUYECKOTO IO-
meHa. B Arabidopsis BIN2 npunaame:xut K 10-uieHHOMY cemeii-
CTBY, BKJIIOUAIOIEMY YeThipe (DUJIOreHeTHUYEeCKUX MOArpynnbl. Bee
OHU MMEIOT BBICOKOKOHCEPBATUBHBIE CEPUH-TPEOHNHOBbIE KMHA3HBIE
IOMeHBI, HO pasauuaiorcad N- u C-TepMUHAJIBHBIMU YYACTKAMMU.
GSK3-momobuble KuHA3bl y Arabidopsis maswiBaioT Tak:ke AtSK
(Arabidopsis thaliana Shaggy-like Kinases). IlokasaHo, uTo B pe-
IyJAAIUA OPAaCCUHOCTEPOUJHOTO CUTrHAJia U30BITOYHO (DYHKITMOHU-
pyitor Tpu AtSK moarpynmer II: AtSK21, AtSK22 u AtSK23/BIN2.
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Kunasa AtSK23/BIN2 saBiserTcda HEeraTUBHBIM PeTyJIATOPOM
OpaccHHOCTEPOULHOTO cUrHaJAbHOTO nyTu. OHa (Gochopuaupyer
TpaHCKPUIIINOHHLIe peryasaTopskl BZR1 u BES1 — akTuBaTOp®I
OpacCHUHOCTEPOUI-PeryJaNpPyeMbIX reHoB. DochopuanpoBanue Gak-
TopoB BZR mpuBomuT K mx 26S-saBucumMomy mnporteosusy. ledoc-
dopunupoBanue ¢ocdarasoit BSU1 unrubupyer aktuBHOCTh BIN2
U JepelpeccupyerT OpPacCHHOCTEPOUTHBIA CUTHAJ.

CTR1/Raf-nogo6Hoe cemencTeo

Kunasza CTR1 (constitutive triple response 1) 6bL1a 0o6HAapY-
JKeHa y pacTeHUI KaK CYIeCTBEeHHBIN CUTHAJIbHBIN KOMIIOHEHT 3THU-
aeHoBoro curHaJja. Hapymienue rema CTRI c¢ morepeir GyHKIIUU
MIPUBOAUT K KOHCTUTYTUBHOII TPOMHOM peakIuu, KOTOPas MPOABJIs-
eTcsA make B oTcyTcTBuu ropmona. Ilo crpyxrype CTR1 sBasiercs
roMoJIoTOM KuHa3 ceMmeiictBa Raf-1 Miekonuraoiinx. AKTUBHOCTD
kuHasel Raf-1 B :KUBOTHBIX KJeTKax Monyaupyercs Ras G-6einkowm,
a ee muineHbo aBasgerca MAPKKK — mepsasa kuHasza MAP-xu-
HasHOro Kackaja. CUrHAJBHBI MeXaHU3M, B KOTOPOM yYacTBYeT
CTR1, smauuTespHo oramyaerca or Raf-1. Brljo moxasaHo, 4To
amMuHoTepMuHagbHasa obgacte CTR1 HemocpeacTBeHHO B3amMoOjeli-
CTBYeT C KMHA3HBIM JOMEHOM 9TUJEHOBBIX PEIENITOPOB (TUCTULMHO-
BBIX PEIeNTOPHBIX KMHA3), a MOHOMepHbIe G-0eJIKM COBCEM He yua-
CTBYIOT B aTujaeHoBoM curuaye. Muinedb CTR1 He umeHTH(UIIEPO-
BaHa. Ilokasamo, uto nmocse CTR1 B aTu/IeHOBOM CUTHAJIe aKTUBU-
pyercsa 12-tpancmembpanubiii 6esox EIN2, romosioruuHbiii Imepe-
HOCUMKAaM [ABYXBAJEHTHBIX METAJJIOB, HO DYHKIMOHUPYET JU KU-
Hasueli Kackan mexxay CTR1 u EIN2, me msBecTHO.

3.4.3. NpoTtenHoBble pocdaTasbl

IIporeunossie ocharassr (PP — protein phosphotase) mau doc-
¢pouporeurpocdaraspl — (GPepMeHThI, aedochopunupyromime (oc-
dompoTenHbI, ABIAAIOTCT PYHKIIMOHAIbHBIMY AHTArOHUCTAMHU IIPO-
TEMHOBBIX KMHA3, COBMECTHO C KOTOPBIMHU YYaCTBYIOT B PeryJis-
nuy QYHKIMOHAIBHON AKTUBHOCTU KJETOK. MeXaHM3Mbl PeryJis-
Uy aKTUBHOCTU (ocaTas M UX AHTATOHUCTOB IIPOTEUMHOBBIX KU-
Ha3 MMET, KaK [IPaBUJIO, IPOTUBOIOJOKHYO HAIPABIEHHOCTb.
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Knaccudukauma ¢ocdartas

dDochonporenHpochaTasbl IPUHATO AEJUTH HAa TPU OCHOBHBIX
ceMeliCcTBa, Pa3INvUaloIuecsa M0 CyOCTPATHOI CIenu(pUUHOCTH, OUO-
XUMUYECKUM XapaKTepUCTHUKaM, aMUHOKUCJIOTHON IIoCjie0BaTe b-
HOCTH U apXUTeKType I'eHOB: IBa ceMelicTBa CepUH/TPEOHUHOBBIX
docharaz (PPP u PPM) u cemeiicteo PTP, BKJIouatoriee Tuposu-
HOBBIE (hocdhaTassl u (ocharasbpl ABOMHON cHeriu(PUIHOCTHU.

Ta6auna. Knaccuduranusa OCHOBHBIX I'DYII PACTUTENHHBIX CEPUH/
TPEOHMHOBBIX IIPOTEMHOBHIX (hocdaras.

IpusIID

I'pynnsr
KJIaccu(puKanumn Py

® AMHHOKMCJIOTHASA
IIOCJIeJOBATEIbHOCTD
KaTaJIATUUYECKUX
CyO'beTUHUI],

PPP PPM

e cyOCcTpaTHas CIeIll-
(puuHOCTH, YYBCTBU-
TEJIbHOCTb K IEITH]I-
HBIM WHTHOUTOPaM

PP2

PP1 KAPP

e TpebOBaHUE MOHOB
IBYXBAJIEHTHBIX Me-
TaJaJI0B, CyOHemu-
HUYHBII CcOCTaB

PP2A | PP2B | PP2C

CepuH/TpeoHnHoBble pochaTasbl

IIpuanun pasfeseHnsa cepUH/TPEOHUHOBBIX (hocdaTasd Mo Ipyu-
mam 6b171 paspaboraH B Havasie 1970-x TomoB U 10 HLIHEIITHETO Bpe-
MEeHU WCIOJIb3yeTCSA B KaUeCTBE OCHOBBI B COBPEMEHHOU KJaccuu-
Kaouy JaHHBIX (DepMEeHTOB.

IlepBoHauasnbHO CcepuH/TPEOHUHOBBIE (hochaTasbl y KUBOTHBIX
ObLTU pasiesieHbl Ha MBa ocHOBHBIX KJjacca (PP1 u PP2) corsacHo
uX CyOCTPaTHON CHEUMUUHOCTU U UYBCTBUTEJIHHOCTA K MHTUOUTO-
pam. B KauecTBe CyOCTPATHOTO «3TaJIOHA» HCIIOJIb30BAJIU CYyOhemau-
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HUIBI KUHAa3bI (pochopuiassl MaeKonuTaonnx. @ochomaporenudoc-
darassl PP1 npexgmoutrutensHo nedochopuanpyior B-cy0ObesuHUILY,
dochonporenuadocharaszpel PP2 — a-cyowpenquuuily. Kpome Toro,
PP1 uyBCcTBUTEJBbHBI K MENTUAHBIM MHIAOUTOPAM, N3BECTHBIMU KakK
uaruouTop-1 (I-1) u maruburop-2 (I-2), a PP2 ycroiiuuBbl K HUM.

®ocarassr PP1 aBasioTca rerepoguMepaMu, COCTOANMMU U3
KaTaJuTudecKoii cyosenuaunsl PPlc u peryadaTopHoOil cyOobenu-
Huisl R.

®ocgarasst PP2 npencraBiaoT coboii padHOOOpa3HYO Ipynmy,
MOATOMY OBLJIO TMPEAJIOKEHO Pa3feJUuTh WX Ha TPU HOAKJIacca, Co-
TJIACHO OTHOIIEHUIO (DEPMEHTOB K MOHAM [IBYXBAaJEHTHBIX MeTaJI-
JaoB (Ca?" u Mg?"). Kpome TOro, Ijd Ka)XIgoro IOKJIAcCa ABJISAETCS
XapaKTepPHBIM OIIpeNeIeHHbIN Cy0OheqUHUUHBINA COCTAB.

PP2A — 5T0 TpuMephl, COCTOAIINE W3 ABYX PEryJaATOPHBIX
cyobenuuuil (A u B) u oxgHoit Karamutuueckoit — PP2Ac. nsa
MIPOABJIEHUS aKTUBHOCTY (DEPMEHTHI He TPeOYIOT IPUCYTCTBUSA IBYX-
BaJIEHTHBIX MOHOB.

PP2B — rerepomuMepsnl, COCTOAT M3 KaTAJIUTHUYECKOH CyOhean-
HUIBI A 1 peryasaTopHoii B. AKTUBUPYIOTCA MOHAMU KaJbIIUA Ue-
pes peryiasaTopHyio B-uactuny, Koropasa nmeer Ca’'-cBasnIiBaromjue
neutpbl EF-pyku. Ilonnas aktuBanusa gocdaras PP2B :KuBOTHBIX
IOCTUTAETCSA HMPU CBASLIBAHUY KAJLIIMHNPOBAHHOIO KAJIbMOIYJINHA.

PP2C — monoMepHBIe (ochaTasbl. AKTUBMPYIOTCA noHamu Mg2*,

CemeiictBo PPP. V3yueHne aMWHOKMUCIOTHOMN IIOCJIEIOBATEb-
HOCTH KATaJUTUYECKUX CYOBbeIUHUI] IOKA3aJI0, UTO KATaJIUTUUE-
ckue momeHbnl (gocparas PP1, PP2A u PP2B mpezncraBieHbl KOH-
CepBATUBHBIMU MOCJIeOBAaTeIbHOCTAMU (0K0JI0 280 aMUHOKMCIOT-
HBIX OCTATKOB), MMEIOIMMM BBICOKYVIO CTemeHb cxoacTBa — 40—
60% . Hanuure BHLICOKOKOHCEPBATUBHOT'O KATAJIUTUYECKOTO IO-
MeHa OBLIO OCHOBaHHMeM nJasA obbenuueHus (ocdparas PP1, PP2A
u PP2B B oxuo cemeiictBo PPP. Bce docharaser PPP apasiorcs
reTeponoJINMEPHBIMU MOJIEKYJIaMu. AMUHOTEePMUHAJIbHBIE U Kap-
OOKCcHUTepMUHAJbHBIE JOMEHBI KaTAJIUTHUYECKUX CYOheauHUIl HeoO-
XOAUMBI [IJIsI UX ACCOIMAIIUU C PEryJATOPHLIMU CYObeIUHUIIAMMU.
Kasxknasa mHAUBUOya/IbHAs KAaTAJIUTHUUYECKAs CyObeIUHHUIIA MOMKET
00BbeUHATHLCA C PABHBIMU M30(DOPMAMU PEryJATOPHBLIX CYObeIu-
HUI. B pesysbTaTe o0pasyeTcs IeJblil pPAL X0JI0(PepMeHTOB C pas-
HOOOpa3HLIMI CBOMCTBAMH U JIOKajausalueii. B peakIinmoHHOM IIeH-
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Tpe Bcex PPP HaxomsTcs MeTalabl ¢ IIepeMeHHOII BaJeHTHOCTBIO,
KOTOpBIE ABJIAIOTCA CYIECTBEHHO BaYKHBIMU AJIA KAaTAJIUTUYECKON
akTuBHOCTU. s Karamutudeckoro merntpa PPlc, Hanmpumep, xa-
pakTepHO Haauune moHOB Mn2* u Fe?'/Fe®', a mua PP2B — Zn?"
u Fe?"/Fe3", 9tu MeTa/jIbl MCHOJIB3YIOTCA (PepMeHTaMu OJIsI aKTH-
BaIlMM MOJIEKYJbI BOIABI MU TUAPOKCUI-UOHA. Biaromapsa aToi oco-
6eumnoctu (ocdarasnl cemeiicrsa PPP ocylecTBIAOT OLHOCTYIEH-
yaTyio peakiuio medochopunupoBanusa 6e3 popmMupoBaHus (doc-
(paT-pepMeHTHOTO IIOCPeIHUKA.

Cemeiicteo PPM. Bce monomepnbie Mg2 -3aBucuMbIe CEPUH/TPE-
OHMHOBBIE (pochaTassl ObLIN OTHECeHBI K ceMeiicTBy PPM. OcHoBy
9TOU rpynnbl cocraBiadrT gunasbl PP2C. Mounomepusie PP2C ¢oc-
¢aTassl He UMeOT romoJjoruu ¢ pepmerntamu rpynnsl PPP. He cmo-
TPA Ha 3TO, IPOCTPaHCTBeHHLIe cTPYKTYyphel PPP u PPM ¢ocdaras
B 1eJioM cxXomHbI. IlociefoBaTeIbHOCTY KATAJIUTUUYECKUX JOMEHOB
docdaras BuyTpu rpynnsl PPM o6sagaioT orpaHMYeHHOMR T'OMOJIO-
rueit (20-35%). AMuHOTEpMUHAIbHBIE 00JIACTU BBIIOJIHSIIOT PEry-
JSTOPHYIO POJIb U CAYKAT JJIs B3AUMOAENCTBUA C APYTUMU MOJIE-
Kyaamu. B xatanutuueckom parone PP2C maxogurcsa OuHyKJIeap-
HBIH IIEHTp, comepskaiuii asa moHa Mn?*. IMedochopuauposanue
cyocrpaTta, kak u y PPP, ocymiecTBiaseTcs IIOCpeAcTBOM aKTHBa-
Y MOJIEKYJIBI BOABI B ONHOCTYIEHUATOU peakmuu 0e3 GhopMupo-
BaHuA (pochar-pepMeHTHOTO IMOCPEeTHUKA.

Hossie rpynns! docdaras. TepmuHanbable 00JIaCTU MOJIEKYJIBI
pacTuTeJbHBIX (hochaTas yacTo MpPeACTABIEHbI YHUKAJIbHBIMU IIO-
CJIEIOBATEILHOCTAMU, KOTOPhIE MOTYT OBITh XapaKTEePHBIMU IJII Y3-
KOU rpynnbl (epMeHTOB, a HEKOTODPbIe MOTHBBI TUIUYHBIMU JJIs
docdaras pacTeHUi, IPUHALIEKAIINX K ONpPEIeIeHHBIM TaKCOHO-
MuYecKuM rpynmnamM. VmeHTUGUKANIMA 3TUX ITOCJeI0BaTeIbHOCTEMH
MO3BOJINJIA PACHIMPUTH CTAHAAPTHYIO KJaccu@uramnumo gocharas.
ITomumo rpynn PP1, PP2A u PP2B k cemeiictBy PPP ceituac ot-
HOCAT CPaABHUTEJLHO HeIaBHO obOHapysKeHHBIe (ocdaraser PP4,
PP5, PP6, PPT.

Tupo3unHoBble pocaTtasbl

Y JKMBOTHBIX OPraHM3MOB THUPO3MHOBEIE (hocdarasbl MPUCYT-
CTBYIOT B 3HAUUTEJIHHOM KOJIMYECTBE U BBIIOJHAIOT CYII[ECTBEHHYIO
PEryJATOPHYIO POJIb, YUYaCTBYA B KOHTPOJIE TAKWX BaKHBIX IIPO-
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IeccoB, KakK pocT m mposmdeparnuda KJIETOK. B reHome uesoBeKa
HacuutbsiBaerca 6osiee 100 remoB, xomupymooiux PTP. B orHolie-
HUHM cyOcTpaTa, Ha KOTOPBIM HaIpaBjeHa KaTaJlUTHUYecKas aKTUB-
HOCTBb (pepMEeHTOB, TUPO3UHOBBIE (pochaTasbl HOAPA3AEJAAIOT HA TH-
posun-cnenuduunrsie (PTP) u docdaraspr gBoitHoil crienuduaHO-
ctu (DsPTP), xkoropsie medochopuimpyoT He TOJbKO (ochoTupo-
3UHBI, HO U (ochocepurbl/HocHOTPEOHUHEI.

CemeiicTBa Tupo3uHOBLIX (hocharas PTP u DsPTP oGiragaior
HE3HAUUTEJIbHON T'OMOJIOTHE!, HO IPU 3TOM y HUX €CTh PAJ IPUH-
IMUMHUATIBHO CXOMHBIX CTPYKTYPHBIX XapaKTEPUCTUK.

Bo-mepBbIx, MOJeKyabl (pocdaTas, HECMOTPS Ha HUIKYIO CTe-
IMeHb CXOJCTBA aMHHOKMCJIOTHBIX ITOCJIeIOBATEJIbHOCTEH, (POpMU-
PYIOT IPOCTPAHCTBEHHO CXOAHBIE KATAJUTUYECKUE JOMEHHI.

Bo-BTOpPBIX, B KaTaJIUTHUYECKOM IIeHTPe (hepMEHTOB HAXOMUTCSA
motuB (V/I)HCXAGXGR(S/T)G, KOTOPBIA COAEPIKUT OCTATOK ITV-
cTerHa, HeOOXOAUMBIN IJsd oOpasoBanus gocdar-(pepMeHTHOrO II0-
CpeIHUKAa. OTOT IIMCTEUH 3aHUMAET I0JOMKEeHNe, ONITUMAJIbHOe JJIs
HyKJeo(puIbHOI aTaku ¢docdopuoii rpynnbl. OH HaxXoAUTCS B pac-
HieJinHEe, B KOTOPYIO IIPOHHKAaeT (PoCchopUINPOBAHHBIA aMUHOKIC-
JIOTHBII OCTATOK IIPH B3aMMOIEHCTBUU (pepMeHTa ¢ cyOCTpPaTOM.

B-TpeTbux, mocjieJoBaTeILHOCTD BHEIITHEH 00JIaCTH KaTaJuTHIde-
CKOTr0 JOMeHa, KOTopasd OoIpeesseT cyOCTPaTHYIO CIeIUu(PUIHOCTD
GepMeHTOB, ABJSETCS XapaKTePHOUW AJA BCeX THUPOSUHOBBIX (oc-
¢aras. IIpumeuaresbHO, UTO B AaHHOI oOsactu moJeryasl DsPTP
He UMeIT HUKAKOW TOMOJIOTUM C CEepUH/TPeoHMHOBBIMU (ochara-
3aMu.

CrunenmuduuyHocTh ocdaras 3aBUCUT OT ABYX 0COOEHHOCTEH Cy0-
cTpara:

e Hamuume (PocHhopuIMPOBAHHOTO aMUHOKHUCJIIOTHOTO OCTAaTKAa;
® TIOJIO’KEHMEe, KOTOPOe 3aHMMAeT STOT OCTATOK, MU MHBIMU CJIO-

BaMu — (QIAaHKUPYIOIIUE IOCJIeq0BATEIbHOCTH.

ITocaemoBaTespbHOCTH BHEIIHEHN O00JIACTH KaTaJUTHUUYECKOI'O IO-
MeHa docdarasd y3HAIOT ITOBEPXHOCTH cyOcTpaTa (IocjaemoBaTeabHO-
ctu, arkupylomnme GocopuIupoOBaHHBIN ocTaToK). I'TyOmHa pac-
ITeJIUHBI, B KOTOPOI HAXOAUTCA MOTHUB C CYIII€CTBEHHBIM OCTATKOM
IIUCTEeNHA, COOTBETCTBYET AJuHe (HochOpUINPOBAHHOTO OCTATKA CyO-
cTpaTta. ¥ THPO3UH-crenu(pUUHBIX (ocharas riaybmHa Iean B Ka-
TAJUTUYECKOM I[eHTPe COOTBETCTBYET AJHHe ocTaTKa (ochoTupo-
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31HAa, TOTJa KakK ocTaTKu (ocdocepuHoB U (POCHOTPEOHNHOB CJIMIII-
KOM KOpPOTKHE, UTOOBI B3aMMOIEMCTBOBATEL C ItMcTemHOM. Ilo aToit
OpUuuYmHe TUPO3UH-cunenupuuabie pocharassl gedocHopuanupyoT
TOJILKO OcTaTKU (pochoTuposuHa. Pocdarassl IBONHON CIIEIAPUU-
HOCTH (OPMUPYIOT KATAJUTUUECKYIO IeJb MEHbBINeil TayOuHBI,
MOATOMY TPU HAJWUYUU COOTBETCTBYIOIMX IIOCJeI0BAaTEIbLHOCTEI,
OKpysKamInux (GochopuInpoBaHHLIN OCTATOK, 5THU (DEPMEHTHI MO-
T'yT OCYHIEeCTBIATH AeochopuinpoBaHre He TOJIbKO OCTAaTKOB (oc-
¢doTuposuHa, HO TaK:Ke (ochocepunoB u (ochorpeonnnon. Cuu-
TAT, 4TO (pocharTasbl JBOMHON CHEIIU(PUUHOCTH ABJSTIOTCSI yCEUeH-
HOM Bepcuell THUPO3WH-CIeNuPPUUHBIX (ocdaras.

PactutenbHble pocdarasbl

Pa3Hoo6pa3ue pactutenbHbix pocdaTas

Y pacTeHU# BBISABJIEHO OOJILIIIMHCTBO OCHOBHBIX I'pymnu docda-
ta3. [Ipuuem HabGoOp u coorHoIleHWe Gocharas y pacTeHUN M KU-
BOTHBIX 3HAUUTEJNBHO OoTJimdaeTcd. [[Jid pacTeHUH XapaKTepHO CyIIe-
CTBEHHOe IIpeobasaHre MOHOMEPHBIX (hocdaras. Hampumep, B re-
nome Arabidopsis umenTuduinpoBano 7 reHOB, KOAMPYIOIUX Ka-
TaauTudeckue cyobennuaunbsl PP1, 6 TeHOB KaTaluTUUYeCKUX CyOh-
enunul, PP2A u 70 remos PP2C.

"3 rnaBubIX cemeiictBa PPP y pacreHuii 0b11u uaeHTUMUIIN-
poBaubl (pocharassr PP1 u PP2A. Kartanutuueckue cy0beIUHUIIBI
PPlc 6bLTu KJIOHUPOBAHBI, a PETYJIATOPHBIE CYOBEIUHUIILI, HE CMO-
TpsI HA TO, YTO aKTUBHOCTEL (pocdharasd PP1 accomuupyercs ¢ 60Jb-
muMu 6eJIKOBBIMU KOMILJIEKCAMUM, IIOKa He OOHAPY:KeHBI. ['eHbI
KaTaJIUTUUECKUX M 00eMX PeryJATOPHBIX cyObemnmHUIl (ocdarasnl
PP2A 6blnu maeHTUGUIIMPOBAHLI U KJIOHWPOBAHBI. PeryaaTopHbie
cyobenunutibl A u B pacturenbubix PP2A umeror 70% cxomcTBO
C XKUBOTHBIMU T'OMOJIOTaMH.

AxtusaocTh Ca?'-zaBucumbix PP2B-mogo6HBIX (hocdaTas B pac-
TUTEJbHBIX TKAHAX TaKiKe OBLIN 3aperucTpupoBaHAa, HO T'EHOB,
O0MuBKUX K reHam cyowemuuun ¢Gochonunad PP2B KuBOTHBIX,
B PACTUTEJbHBIX T'eHOMax He obOHapy:keHo. IIpexmosaraercs, 4To
Ca’"-zaBucumbie (pocdaTassl paCTeHHUN NMEIOT YHUKAJILHELIE PACTH-
TeJIbHO-CIEeIIU(MPUUHBIE TOCTIEL0OBATEIbHOCT U B3aUMOIEHCTBYIOT
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He C KaJbMOIYJMHOM, a C KaJbIWHeHpuH B-momobHBIMU OeaKaMu
(cm. paszmen «Kambrnuii-saBucuMble TPOTEMHOBLIE KMHA3bI»). AHa-
au3 reoma Arabidopsis mokaseIBaeT Tak)ke HaJuuue IPYrux oc-
daras cemeiicrea PPP: PP4, PP5, PP6 u PP7.

docharassr PP2C y pacrenuii mpencTaBieHbl B 3HAUUTEILHO
0oJabIlleM pasHooOpasuu, YeM y APYTUX 9YKApPUOTOB. ITU Qep-
MEHTBI UMEIOT He3HaunuTeJbHOe ¢X0AcTBO ¢ PP2C KUBOTHBIX U I'pU-
60B (20—-35% ). AMUHOKOHIIEBbIE HEKATAJIUTUUYECKNE 00JIacTH MOJe-
KyJa pactutedbHbIX PP2C upesBhiuaiino pasHOOOpAa3HbBI U IIPEACTaB-
JIEHBI PACTUTEIbHO-CIeIN(PUUYHLIMY [I0CJIEJ0BATEILHOCTIMM, KOTO-
pble He BCTpeUYalOTCSA 3a IIpelesiaMU I[apCTBa PACTEHUM.

Tuposunosbie (ochaTassl y paCTeHUN IIPefCTaBJIeHbI B 3HAUN-
TeJbHO MEHBIIIeM pasHoo0pasmu, YeM CepuH/TPeoHWHOBLIE. B re-
Home Arabidopsis maenTuduimposano oxoao 20 reHoB, KOAUPY-
IOIUX TUPO3UHOBBIE (pocdaTasbl, U3 KOTOPHIX TOJBKO OJHA fAB-
JseTCs TUPO3UH-CIEIN(PUUHON, a ocTaJbHBIe 00JIaZal0T ABONHOI
CIIeU(PpUYUYHOCTHIO.

3HayeHue pactTutenbHbIX pocdartas

PacturenpHble (pocdhaTassl BMECTE C KMHA3AMU HOIAEPIKUBAIOT
ompeJeJleHHBIN ypOBeHb (ochPopUInpPoBaHUS (PYHKIIMOHAJIBHBIX
U PEeryJasTOPHBIX OEJIKOB, KOTOPHIN 3aBUCUT OT KOHKPETHBIX YCJIO-
Buii. IameHenue craryca ochopuinpoBaHuA OEJIKOB OTpasKaeTcs
Ha mxX akTuBHOcTHU. IIog KOHTpOJIEM KMHa3HO-(pochaTasHO CUCTEMBbI
HaXOMUTCA aKTUBHOCTH (hepPMEHTOB, MOHHBIX KAHAJIOB, TPAHCMEM-
OpaHHBIX MMEPEHOCUYNKOB, TPAHCKPHUIIIUOHHBIX (DAKTOPOB U APYTUX
KJIETOUHBIX KOMIIOHEHTOB.

Cemeiicteo PPP. Cy6erpaTrom (ocaras PP1 u PP2A asnsaroTcsa
depMeHThl TUApPOKcuMeTuI-rayTapui-CoA-peayKkrasa, caxaposo-
dochar-cuHTaza U HUTpPAT-peaAyKTasza. ITu GpepMeHThsl pochopuiin-
pyiorca kuHazo SnRK1 mopx meiicTBueM pasjHMYHBIX CTPECCOBBIX
daxTopoB u ABK. ®@ochopunupysa stu (pepmentsi, SnRK1 wmuru-
OupyeT CUHTe3 M30IIPEHOUI0B M Caxaposbl, a TaKyKe BOCCTAHOBJE-
HUe HeOPraHMYEeCKOTO a30Ta M BKJIOUEHME ero B COCTaB OpraHuye-
ckux coenuHeHuii. Mocharaser PP1 u PP2A sBrIicTymaroT aHTaro-
Huctamu kuHasel SNRK1 B gannom mexanusme. PP1 u PP2A cuu-
JKaIo0T YPOBEHDb (pochopuanpoBaHnA YKasaHHBIX (PepMEHTOB, CTUMY-
JUPYA WX aKTUBHOCTb U IYTHU, B KOTOPBIX OHU ydacTBYIoT. Poc-
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¢darasu PP2A yuacTByIOT B MexaHu3Me OPaCCHHOCTEPOUIHOTO CHUT-
Hajla — aKTUBUPYIOT TpaHCKpumiuounubie paxTopbl BES1 i BZR1
nyteMm aedochopuanpoBaHUA.

CemeiictBo PPM. IIporeunoBwie docharassr PP2C yuacTByioT
B KouTpose ABK-peryiupyembrx remos. ¥ Arabidopsis ObLiu mmeH-
TUPUITUPOBAHBI B TOMOJIOTUYHBIE MOHOMEPHBIE CEPUH/TPEOHUH
docdaTassl, KOTOPHIE BBIMOJHAIOT POJb HETATUBHBIX PETYJIATO-
poB curuaana ABK: ABI1 u ABI2. B orcyrctBue ABK sTu docda-
Ta3bl KOHCTUTYTUBHO MHTUOUPYIOT aKTHUBHOCTH IMPOTEMHKWHAS3HI
SnRK2, oT akKTHUBHOCTH KOTOPOU 3aBHCHUT YPOBEHL SKCIPECCHUU
ABK-perynupyembix reHoB. IlosBiieHre ropMoHa B KJETKe IPU-
BOJIUT K ero cBA3bIBaHUIO ¢ BHyTpukJeTouHbIM START-momen pe-
mentopom ABK cemeiictea PYR/PYL. Kommiekec PYR/PYL-ABK
cuenuduuyecku cBasbiBaeT (ocdparasy PP2C B obsmacTy peaKInOH-
HOTrO IIeHTpa, MHrubupysa ee aKTHUBHOCTL. MHrubupoBanue docda-
Tasbl 2C MPUBOAUT K Aepenpeccuu mporemHKuHasbl SNRK2, Koro-
pada QochopuupyeTr rpyniny TPAaHCKPUIIIUOHHBIX (haKTOPOB aKTH-
BaTopoB ABK-peryinpyeMbIX I'eHOB W CTUMYJHUPYET aKTUBHOCTDH
COOTBETCTBYIOIUX TE€HOB.

Bropasa rpynma MoHOMepHBIX (ocdaTas, MexXaHU3M AeHCTBUS
KOTOpPBIX y pacrenuii udyued — 310 KAPP (Kinase-Associated
Protein Phosphatase). @ocharassr KAPP umeroT miasmajieMm-
HYIO JOKAJIMW3aIUI0 M aCCOIUUPYIOTCS C PEIlelTOP-TIOJO0OHBIMU K-
Has3aMu U/UJU UX KopelenropamMu u nedocopuampyioT 3TU MO-
JEeKYJbI, UYTO MMPUBOAUT K PEIPECcCUU COOTBETCTBYIOIIEr0 CUTHAJA.
CaaseiBanre KAPP ¢ MuilieHAMu B HEKOTOPBIX CJAYYasIX OCYIIIECT-
BJSETCS TOJLKO Ha MeMOpaHaxX BE3UKYJ. JTO 3aBUCHUT OT KOH-
KpPEeTHOTO MeXaHW3Ma aKTUBAIIUU/PENpecCur PelenTop-mogo00HO
KHHAa3bl. Y PasJNUYHBLIX PACTeHUU ObLIN UAeHTU(PUIIMPOBAHBI (hoc-
¢darassl KAPP, KoTopble KOHTPOJUPYIOT aKTHUBHOCTL PEIeIITOPOB
opaccunosuaa u CLV1 (CLAVATA1l) — pemenTop menTUIHOTO pe-
rynaropa CLV3, KoTOphIil yuacTByeT B MeXaH1U3Me KOHTPOJIS IIPO-
meccoB mposudepanuu U au@depeHnuaInu KJAETOK alnuKaJbHbIX
MepucteM CcTebJIs.

CemeiictBo PTP. TuposunoBbIie (hochaTasbl IBOMHON CIIEIIUMUY-
HOCTH y4acTBYIOT B peryadanuu MAP-kuHasHoro Kackamga (cM. pas-
nen «MAP kwunaswi»). [locmeguauit kommoHeHT Kackaga, MAPK,
dochopunupyercsa kunaszoiir MAPKK 1o crnenmuduuecKuM OoCTaTKaM
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TpeoHMHA U TUposuHa. AKTuBanmusa MAPK kKpaTKoBpeMeHHa, Tak
KaK COIIPOBOKIaeTcA ctuMmyJsiueir cuernuduueckux MAPK ¢oc-
daras mBoiiHoON cuenuduuHOocTH. B pacrenusax Arabidopsis moxa-
3aHO0, uTO (pocharasa mBoiinoii cuemupuuaoctu AtPTP1 xedocdo-
punupyer AtMPK4 (amamor MAPK).

®ocparassel DsPTP yuacTByIOT TaK:Ke B KOHTPOJIE KJIETOUHOTO
MUKJIa. AKTUBHOCTD IUKJINH-3aBUCUMBIX KMHA3 ITOJCeMelcTBa
CDC2 (y Arabidopsis oouapy:xeuo nse KmuHasdsl CDC2a u CDC2b),
B3aUMOIENCTBYIOIUX € [MUKJINHAMYA B THUIla ¥ yYaCTBYIOIIUX B pe-
rynanun nepexona G2—S, KOHTpPoJUpPyeTcA ABYMs TUIAMU KUHA3:
nukianu-aktusupyomaa kuHasa (CAK) ¢ochopunupyer octaTKu
TpeoHuHa B akTuBanumonHoii T-nmerse CDC2, a Bropasa (Hampumep,
Yy OeJIANUXC IPOKIKer Mmomo0HbIl (hepMeHT HadbiBaeTca Weel) —
octaTKu TUposuHa. PochopUINPOBAHNE 10 TUPOSUHY UHIUOUPYET
CDC2, Torga Kak OKOHUATeJIbHAs aKTUBAIUSA S3TON KMHA3bI JOCTH-
raerca geiictBueM Gocharasbl IBOMHON CreUPUUHOCTH (Y APOIK-
ket — CDC25), koropas medochopunupyer Gpochoruposunasl CDC2.
VYV pacreunii romoaoru Weel u CDC25 He o0Hapy:KeHBI, OJHAKO CY-
IIECTBYIOT KOCBEHHBIE OKAa3aTe/JIbCTBA, UTO OIMMCAHHBIA MEeXaHU3M
akTuBanuu nepexoma G2—S y pacrenuit pyuximuonupyer: CDC25
IPOKIKell aKTUBUPYET KJIETOUHBLIN IMUKJ y pacrenuii. Ilpexnmoia-
ramTt, uTo (ocparasa, pyHKIIMOHAILHO aHajsornuHas CDC25, y pac-
TeHUu# 00JIafaeT CTPYKTYPOI CIeMUu(PUUHON IS PacTeHUM.



4. MEXAHU3MbI NEPEAAYUN CUTHANA
PACTUTEJIbHbIX TOPMOHOB

4.1. PETYNAUMA TPAHCKPUNMLUUN
AYKCUH-PETYJINPYEMbIX TEHOB

4.1.1. PerynAatopbl TPaHCKPUMNLIUN ayKCUH-
perynnpyembix reHoB U UX AOMEHHasA CTPYKTypa

AKTUBaNuA ayKCUH-PEryJIUPYEeMbIX T'eHOB UMeeT IIPeuMyIie-
CTBEHHO JePelIPecCuOHHBIN XapaKTep U IIPeAcTaBJisgeT co00i mexa-
HU3M, B IIPOIECCe KOTOPOTO IO/ JefCTBUEM I'OPMOHA OCYIIECTBIISETCS
YOUMKBUTUH-3aBUCUMOE pPa3pyIlleHre PerpeccopoB TPAHCKPUIIIIUN.

3HaunuTeIbHOE KOJMUYECTBO AyKCUH-PEryJUPyeMbIX I'eHOB Ha-
XOOATCA MOJA KOHTPOJIEM TPAHCKPUIIIMOHHBIX (DAKTOPOB IBYX Ce-
Me¥CTB:

1) axtuBaropsl TpaHckpumniuu ARF (auxin response factors);

2) penpeccopsl Tpanckpumiuu Aux/IAA (auxin/indole-3-acetic

acid).

B moseryne Aux/IAA BbIIEIAIOT YeThIPe OCHOBHBIX JOMEHA,
KoTophkle obo3HauaoT puMckumu mudpamu I, IT, IIT u IV, a B mo-
aerkynax ARF — tpu: DBD ([IHK-cBasbiBaromiuii JoMeH), JOMEHBI
III u IV (puc. 50).

Aux/IAA QVVGVVPPVRSYRK
_ 0 ~H 1 H m H v p—
romo- CcTabunbHOCTb romo- 1 reTepo-
Avmepunsayna 6enka Anmepunsayma
ARF
_ DBD I w H v —
cBA3bIBaHve ¢ JHK romo- 1 retepo-
B obnactu ARE aumMepwvsauna

Puc. 50. CTtpykTypa TpaHCKPUOIIMOHHBIX peryaaTopoB Aux/IAA u ARF
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Kap6okcurepmunanbabie goMeHbl III u IV HecayuaiiHO mMeOT
OJMHAKOBbLIe 0003HAUEHUA, TAK KAK B 00JIACTU STUX JTOMEHOB MO-
aeryabsl Aux/IAA u ARF ob6sazaioT BBICOKOU CTEIEHBIO T'OMOJIO-
ruu. Jomenswl III u IV He TOABKO TOMOJOTHMYHBI IO CTPYKTYypE,
HO ¥ BBITIOJHSIOT CXOMHBbIe (DYHKIIMU — OHU HEOOXOAMMBI s 00-
pasoBanusa numepoB. [IprueM Bo3MOXKHO oOpas3oBaHUE He TOJBKO
rOMOIMMEPOB € yuactueM 0eJKOB omHOro cemeiicTBa (2 Aux/IAA;
2 ARF), #H0 u rereponumepoB Aux/IAA-ARF. BeposarHocts obpa-
30BaHUA TeX WM WHBIX AUMEPOB 3aBUCUT OT KoHIeHTpanuu ARF
u Aux/IAA ompeneseHHOTO THUIIA B KJIETKeE.

AMuUHOTEpMUHANBHBIE TOMEHBI y 9TUX OEJKOB Pa3JUYHBI 10
CTPYKType U (DYHKIIUAM.

Benku ARF uepes [JTHK-cBassiBaroruii fomen (DBD) cmoco6HBI
cnenmuUUecKy CBA3BIBATHCA C IPOMOTOPAMU aYKCUH-PETyINPYEeMbIX
reHOB B obnacTu cis-asemenTa ARE (auxin response elements), kxo-
TOPBbIe BKJIIOUAIOT KOHCEPBATUBHBIE ITECTUHYKJIECOTHUIHBIE TTOCIIEI0-
BareapHocTu TGTCTC.

Howmen I perpeccopa Aux/IAA, KaK cUMTAIOT, BBITIOJHAET BCIIO-
MoraTeJbHYI0 (DYHKIIUIO IIPpU 0OpasoBaHUU TOMOAMMEPOB. llomeH
II ompenmensieT ypoBeHb cTabuabHOCTH OesKa. B obsacTtu sToro mo-
MeHa HaXOJUTCS MerpoH — 13-aMHUHOKUCJIOTHBIA yYacTOK, HeoO0-
XoauMBbIH M B3aumogeiicrsus ¢ F-box 6enkom (TIR1) youxkBuTH;-
HUPYIOIIEeT0 KOMILJIEeKca.

4.1.2. Yuactne Aux/IAA n ARF B perynauumn skcnpeccumn
ayKCUH-perynnpyembix reHOB

Mopenb MOJEKYJISPHOTO MeXaHM3Ma PEeryJAllud ayKCUH-pery-
JIMPYEMBIX T€HOB IIPeAIoJaraeT, 4To OJHa MOJEKYyJa TPAHCKPUIIIU-
ounoro peryisaropa ARF mocTosaHHO cBsizaHa ¢ MPOMOTOPOM ayK-
CUH-PeryJIupyeMbIXx reHoB B obsactTu ARE, ogHako akTmBanuA Ta-
KUX TeHOB 3aBUCHUT OT TOr0, KaKue AuMephbl OyayT 00pasoBBIBATH
ceasanuble ¢ JHK ARF. AKTUBHOI CTPYKTYPOH ABJISAETCA TOMOIM-
mep ARF-ARF. Ou obecneumBaer mocanky Ha mpomorop PHEK-mo-
aumepasbl II 1 crmocoGeTByeT MHHIMANIUN TPaHCKpuOiuu. Haiu-
Yyye HaA IMPOMOTOPE TeTepoauMepHOil cTpyKTyphl Aux/IAA-ARF,
HaoboOpOT, mpegoTBpAaIllaeT sKcIpeccuio rexa (puc. 51).
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B orcyTCcTBMM ayKCHHOBOTO CHUTHAJA B PACTUTENBHBIX KJIET-
Kax MoJieKyJabl Aux/IAA mpuCYyTCTBYIOT B BBICOKMX KOHIIEHTpA-
MUAX, U IOCKOJbKY OHU KOHKYypupyoT ¢ ARF 3a ob6pasoBanue au-
MepoB, TO IIPOMCXOAUT 3aMelreHne onHoit MoJyexkyabl ARF B ro-
monumepe Ha Aux/IAA. Ilo sToii mpuuymHe WOaBJSAIOINEe 0OJIb-
muucTBO ARE-cozep:kalinx IpoOMOTOPOB CBA3AHBLI C I'eTepoarMe-
pamu Aux/IAA-ARF u mpeObiBalOT B HEAKTUBHOM COCTOSHUU.
CTumMynsanus KJIeTOK ayKCUHOM MHPUBOAUT K AeCTA0OMIM3AIUU MO-
aexya Aux/IAA, KoTopble YOMKBUTUHUPYIOTCA ¥ BOBJIEKAIOTCA

B IIPOTEOJIUS.

®
®

auccoumaums
6enKa-MuLeHn
1 NPOTEONN3

9
O

26S-npoTeacomon

E3 E3
CBsi3blBaHMe
ayKcuHa YOUKBUTVHUPOBaHVE
(peuenuua) eflka-MULLIEeHN

L, cBA3biBaHMe 6enka-muLLeHn

TIR1
(pevenop)

E3

/ .
/ Pots

S a
s *
g Aux/IAA obpa3soBaHue

m romMoavMepoB

CUHTE3 PaHHUX
Aux/IAA

( Aux/IAA )/ anccoumauma Aux/IAA
, n romoanmepwmsaumna ARF
g ARF 1 {
ARE

AKTUBHbIN reH

HEaKTVBHBI reH
Puc. 51. MexaHusM peryasaiuy aKTUBHOCTU ayKCUH-PEryJINPYeMbIX TeHOB
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BuyTpukiaerounsie perentopsl aykcuua F-box tuma (TIRI1,
AFB1-AFB5) aBasiorcsa vactbio SCF-momob6HO#T YOMKBUTUHUPYIO-
e mporenHOBON Jsmrasel (cMm. paszen «F-box peremnTopsl»). 9tu;
JIUTashl YOMKBUTUHUPYIOT TPAHCKPUIIIMOHHLIE PEIIPecCcopPbl ceMeri-
crBa Aux/IAA. Crnenmupuueckoe ysHaBaHue U cBA3biBaHMe Aux/IAA
JINTa30 HAXOMUTCS IO KOHTPOJIEM rOPMOHAJIBHON MOAYaAnuu ad-
¢punuoctu F-box Genka K murmrenu. B orcyrersun aykcuua F-box Ge-
JIOK He mmeeT cpoacTBa K Aux/IAA. CesaseiBanue ropmona ¢ F-box
pelenTopoM NPUBOAUT K 00pasoBaHUIO IIOBEPXHOCTU, HEOOXOIU-
Moii ansa crernuduueckoro ysHaBanus Aux/IAA. Ilpu aTom ropmoH
BBICTYIIaeT B KAUECTBE «MOJIEKYJSIPHOTO KJes», KOTOPhIA obecIie-
uyuBaeT I'mApodoOHbIe B3amMomgelcTBuA Mexay F-box pemenrTopom
u MumieHpio. TakuM o0pasoM, B pedyjbTaTe Pelellluu ayKCHHAa
CTUMYJUpPYeTCcs yOMKBUTHMHUPOBaHUE OenkoB Aux/IAA, KoTopbie
3aTeM paspymiairca 26S IpoTeacoOMHBIM KOMILIEKCOM.

YpoBerb Aux/IAA mop nmeiicTBueM ayKCHHAa CYIIeCTBEHHO CHU-
JKaeTcs, UTO CIIocoO0CTBYyeT oOpasoBanuio romogumepos ARF-ARF,
cBasauubiX ¢ ARE-cozep:kaimiuMu mpoMoTopaMu reHoB. Hanmuwue
numepa ARF ma mpomoTope cmocobcTByeT (pOpMUPOBAHUIO IIPEUHI-
IIMATOPHOTO KOMILJIEKCA M AKTUBAIMU TPAHCKPUIIIIUU ayKCHUH-Pe-
ryJUPyEeMbIX T'€HOB.

K ayxcun-peryampyemMbIx reHaM, 9KCIPECCUS KOTOPBIX CTHUMY-
JIUPyeTCcs Ha PAHHMUX JTallax AeHCTBUS IOPMOHA, OTHOCSATCSA T'€HBI,
Komupytomiue 6enku cemeiicrBa Aux/IAA (Ha puc. 51 o6o3HaUEHBI
Aux/TAA¥*). B orsimure OT TPAHCKPUIIIMOHHBIX MWHTMOUTOPOB, PaH-
Hue Aux/IAA* obGsamaioT BBIPAXKEHHOM CIIOCOOHOCTHIO K AUMEPU-
3amuu ¢ penpeccopamMu TpauHckpumniuu Aux/IAA u mpu sToM OHU
NMEIT HU3KOoe cpoacTBO K akTuBaTtopaM ARF. BHOBBL cuHTE3MpO-
BaHHBbIe Aux/IAA¥* cBA3BIBAIOTCA C pPelpeccopaMu, CIOCOOCTBYs
CHUKEHUIO YPOBHS KOHIIEHTPAIINU PEIPEeccOPoB 1, TAKUM 00pasoM,
MOBBIIIAIOT BepoATHOCTL aumepusanuu ARF u mocienmyrormieil ak-
TUBAIUU AyKCUH-PEryJIUPYEeMbIX TI'€HOB.

CremoBaTeabHO, KOHKYPEHTHOE MHTHUOMPOBAHUE SKCIPECCUU
ayKCUH-PEryJINPyeMbIX I'€HOB yCTPaHsEeTCA ABYMs CIIOCO0aMMU:

1) paspyimieHueM pemnpeccopoB TpaHcKpunmuu Aux/IAA uepes

YOUKBUTHUH-OIIOCPENOBAHHBINA IIPOTEOJINS;
2) mytem cBasdbiBaHUA perrpeccopoB Aux/IAA ¢ Aux/IAA* —
OelKaMU PaHHEro OTBeTa Ha BO3JelCTBHE ayKCHHA.
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KpaTkas cxema akTMBaIuu

1. B orcyTcTBUM ayKCHHA B KJETKe IOAJEPKUBAETCA BBICO-
Kasa rKoumeHTtpanusa Aux/IAA. ARF HaxomuTca mpeumy-
IeCTBeHHO B cocTaBe rereponumepoB Aux/IAA—-ARF, ayk-
CHUH-YYBCTBUTEJIbHBIE I'€HBI PEIIPECCUPOBAHLI.

3. B pesyasrare pemennum aykcuHa y F-box pememnrtopa
(TIR1) moBwImIaeTcsA CPOACTBO K HETATHUBHBIM PETYJIATOPAM
Aux/TAA.

4. Kowmmnuexc pernientopa ¢ ropmornoMm (TIR1-UUYK) cBasbiBaer
Aux/TAA.

5. Aux/IAA yOMKBUTUHUPYETCA IMPOTEMHOBOW JUTa30i W 3a-
TeM paspymiaercsa 26S mpoTeacoMOiA.

6. B pesyabrare cHm:KeHUs KoHIleHTpanuum Aux/IAA mpowuc-
xonut aumepusanusa ARF Ha mpomoTopax ayKCHUH-3aBUCHU-
MBIX T€HOB.

7. NHuUnuupyercsa TPAHCKPUIIIIUA.

8. Cumnres panHux Aux/IAA* mpUBOAUT K CBA3SLIBAHUIO De-
mpeccopoB Aux/IAA m, COOTBETCTBEHHO, K YCUJIEHUIO 9KC-
IIPECCUM ayKCHUH-PEeryJupyeMbIX TeHOB.

4.2. TNEPEOAYA UUTOKNHUHOBOIO CUTHANA

Penenmusa muTOKMHUHA PACTUTEJIBHBIMU KJIETKAMM OCYIIECT-
BJIAETCA TUCTUAUHOBBIMHU PEIENTOPHBIMU KMHA3aMU, KOTOPhIEe pac-
OJIOXKEeHBI Ha ILIadMaTuueckoir memOpane (puc. 52). Ilepemaua cur-
HaJla MPOMCXOAUT B PaAMKaX ABYXKOMIIOHEHTHOW MHOTOIIATOBOM
CUTHAJBLHON CHCTEMBI, YaCThI0O KOTOPOH ABJSAIOTCA PEIeNTOPHBIE
His-xunHass! (cM. pa3gen «IBYyXKOMIIOHEHTHBIE MHOTOIIIATOBLIE CUT-
HaJbHBIE CUCTEMBI pacTeHuii»). CBA3bIBaHNE 9KCTPAKJIETOUHOTO pe-
nentopaoro CHASE-gomMeHa ¢ IIUTOKMHUHOM CTUMYJUPYET AUMe-
PHUBaINIO PEILENTOPOB M TPAHCMOJIEKYJIApHOe aBTohochopuInpoBa-
HHUe TUCTUAMHOBOTO ocTaTKa transmitter momena. ®Pochopuimupo-
BaHUe mpoBoIupyeT GochopeeiiHbIil MeXaHn3M — II0CJIeq0BATe I hb-
HBIN mepeHoc ¢ocdaTHoi rpynnbl. CHavasa gocharHas rpynna ie-
PEHOCUTCA B PaMKaXxX PeIelITOPHON MOJIEKYJBI C OCTATKA TMCTUINHA
Ha OCTATOK acllaparuHOBOM KHUCJOTHI receiver moMmeHa, a 3aTeM
Ha OCTATOK TUCTHUAVHA HU3KOMOJEKYJIAPHOU (dochoTpaHCchepassl
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HPt. 9TOT KOMIIOHEHT ABJISETCSA BHICOKO MOOMJIBHBIM U JIETKO Aud-
dyHAUPYET 110 IUTOILIa3Me U IPOHUKAET B AAPO. B orcyTcTBUHE IIU-
TOKMHWHA B KJIETKE IIPUCYTCTBYET HE3HAUUTEIbHOEe KOJIUYECTBO Pe-
ryJIATOPOB OTBeTa A-THIla, II0ATOMY Ha MEPBBIX dTallaX aKTUBAIUU
IIUTOKMHWHOBOTO CUTHAJA B (hochopeseiHOM MeXaHU3Me YUACTBYIOT
IPEeNMYII[ECTBEHHO PEeryJIATOPhI OTBeTa B-THIIa — TPAHCKPUIIIIMOH-
HbIe peryaaTopbl. @ochorpanchepasza HPt mepenocur docpar
Ha acmaparuHOBYIO KHCJIOTY receiver momMeHa peryJsiTopa OTBeTa.
B dochopuinpoBaHHOM COCTOSIHUU PEryJsATOPbI oTBeTa B-Tuia mo-
IYJIUPYIOT aKTUBHOCTh HECKOJBKUX HTECATKOB IIUTOKUMHUH-UYBCTBU-
TeJbHBIX F'€HOB PAHHEro OTBETA.

K pamruM remam, aKTHBHOCTH KOTOPBIX MOAYJHPYETCS I[ATO-
KMHUHOM, OTHOCSATCS TeHbI, KOOUPYIOIue (paKTOPhl TPAHCKPUII-

LUuTtonnasma
5 His Asp His His Anpo
.'" : transmitter H reseiver] -~ ‘
. rmcTnanHoBas p RR-B
CK KnHasa
resewer output
LTI A --TTTTTTT n® ®
His Asp His His
. : transmitter H reseiver] e
VA
ATP ADP \
é/ UNTOKUHWNH-perynupyembie reHbl
Asp
RR-A CycD3

Puc. 52. Mexanus™m TpaHCAYKIIUU [[UTOKNHUHOBOI'O CUTHAJIA.
YcaoBHBIE 0003HAUECHUA:

RR-A — perynarops! oTBeTa A-THIa;

RR-B — peryanaropsl orBera B-Tumna;

HPt — ructupmaoBasa docdorpancdepasa;

CycD3 — nukaun D Tuma
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UM, pa3JUYHbIe PEeryJsaTOPHbIe OEeJIKU, B TOM UucJjJe 00Jazaro-
e KuHasHoOW u ¢ocdaTrasdHoil aKTUBHOCTHIO, a TaKiKe yUacTBY-
oIe B MexXaHW3Me HAIIPaBJEHHOTO IIPoTeosn3a 0esKOoB (YOUKBU-
TUH-KOH'BIOTUPYIOIUil (pepment, F-box Gemxox, ATdD-zaBucumas
cy0ObeIUHNIIA IIPOTeasbl, CTPYKTYPHLIA 0eJOK YOUKBUTUHHUPYIO-
mre#t surassl SKP1). Cpeny paHHUX T€HOB IIUTOKWHUHOBOTO OTBETA
Ba’KHOE MECTO 3aHMMAIOT T€HBbI, KOAUDPYIOIINE PeryJaTOPhbl OTBETa
A-tuna. 9tu Oenku Tak:ke Kak u RR B-Tuma yuacTByioT B (DYHK-
IIMOHUPOBAHUU MBYXKOMIIOHEHTHOU cucTeMbl. CyIllecTBeHHOE IIO-
BBIIIIeHe KOHIleHTparuu RR-A mpuBOAUT K TOMY, YTO OHH COCTaB-
JISTIOT OIIYTHUMYIO KOHKYPEHIIMIO peryJjAaTopaM orBera B-tuma, 1me-
pexBaTbIBad Ha ce0s 3HAUUTEJIbHYIO 4acThb (ochaToB OT TUCTULU-
HOBO#1 (pocorpauchepassl. B pesyinbraTe 5TOr0 CHHMKAETCSA YPO-
Be€Hb TPAHCKPUNINY IMUTOKUHUH-aKTUBUPYEMBIX reHoB. CiemoBa-
TeJabHO, RR A-THIIa MOXHO paccMaTPUBATL KaK HeraTUBHbBIE pPery-
JSATOPHI ITUTOKMHUHOBOTO OTBETA.

B aKTUBUPOBAHHOM COCTOSHUM PETYJIATOPHI OTBeTa A-THIIA CBA-
3BIBAIOTCA C PA3JINUYHBIMU (DYHKIIMOHAJIBHBIMY OEJIKAMU, MOIYJIUPYS
WX aKTHUBHOCThb. OTH OEJKU MOTYT ObITH (hepMeHTaMU WUJIU PeryJis-
TOpamMu, yepes KOTOophble BO3MOKHA MasibHEHIad mmepemava CUTHAJA.

B pacrenusx Arabidopsis moza BosgelicTBHEM IIMTOKMHUHA Ue-
pe3 IBYXKOMIIOHEHTHYIO MHOTOIIATOBYIO CUTHAJBHYIO CHUCTEMY
CTUMYJIUPYETCA 9KCIPEecCcusd TeHa, KOAUPYIOIIEro PeryjasaTop OT-
Bera A-tuna ARR4. Ilocyie TpaHCIAIMK BHOBb CHHTE3UMPOBAHHBII
ARR4 akTuBupyeTca rucTUAUHOBOI (ochorpanchepasoit HPt. Ox-
Hoii m3 muriieHeiir ARR4 aBinserca ¢puroxpom B. Ilpu cBaAswiBaHUUI
PHYB;, ¢ ARR4 crabunmusupyercsa akTuBHasA (popMa CBETOBOTO pe-
mentopa — KouBepcusa PHYB;, B meaktTuBHoe cocrosuue (PHYB,)
3aTpyAHEHa, UTO CIIOCOOCTBYET YCUJIEHHIO (PUTOXPOMHOro adderTa
IPU BAUAHUY IMUTOKWHUHOBOTO CUTHAJA.

BosgeticTBue IIUTOKMHWHA HA PACTUTEJIbHBIE KJETKU SBJSETCS
HOMU(PYHKIINOHAJIBHBIM U IIPUBOIUT K Pa3sHOOOPa3HBIM a(dderTam.
B menom BiIuMsHUE 3TOTO TOPMOHA aKTUBU3UPYET OTHAEJbHBLIE 3Be-
HbA MeTabom3Ma, a TaKyKe POCT U mpoaudepainuio Kjaetok. Ilox
BIMAHUEM ITUTOKWHWHA YCUJIUBAETCA CUHTE3 O0eJIKOB U HYKJIEMHO-
BBIX KUCJIOT, TOBBIIIIAETCA aTTPATHPYIOIad CIIOCOOHOCTH TKaHEe.
IMuToKMHUH o0ecreuymBaeT MOJATOTOBKY KJETKH K AEJEeHU0, IPU-
yeM He TOJBbKO 3a CUeT IOBBINIEeHUA O0INeil MHTeHCUBHOCTHU CUH-
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Te3a. [[MTOKMHUHOBBIN cUTHAJ obeclieumBaeT aKTUBAIIUIO 9KCITPEC-
CUU T'eHOB, KOOUPYIOIINX OeJNKU, IIOABJICHNE KOTOPHIX IIpeaBapseT
MuTo3. Bo-mepBhIX, 5T0 nukjauH D-tuma — CycD3 — akTuBaTop
[IUKJINH-3aBUCUMOM KUHA3bI, KOTOpas HeoOXoauMa [IJis Iepexoja
KJETKU K CUHTEeTUUYECKOH (pase KJIETOUHOTO ITMKJa. BO-BTOPBIX, I'i-
crtoH H4, o6pasoBanne KOTOPOTO IMPUHIIUINAJIBLHO BaXKHO IJI (op-
MUPOBAHUSA HYKJEOCOMHOUN CTPYKTYPBI XPOMATHHA B IIPOIIECCE Pe-
nynaukanuu JHE.

4.3. TPAHCAYKUWA TMBBEPEJJTMUHOBOIO CUTHANA

AxrtuBable opmbl rubbepennuna (GA; u GA,) cBasbIBaloOTCA
C BHYTPUKJETOUHBIM ITMTOILIasMaTudueckuM perentopom GID1
(cm. pasgen «['opMoOH-uyBCTBUTEIBbHBIE JIUIIA3bI» ). BaaumomeicTBIe
¢ rub0epeslINHOM IIPUBOAUT K M3MEHEHHIO KOH(OpMAIIUM pellemn-
TOpa U CTAaOMJIM3AIUU €T0 aKTUBHOUN CTPYKTYpPbl. MOJIEKYJIBI perer-
topa GID1 mpuobGperaer crmocobHOCTh cBA3bIBaTheA ¢ DELLA-Ge-
KaMM, K KOTOPBIM OTHOCSTCS Perpeccopbl rub0epe/IMHOBOTO CHUT-
Hajsa. Bo BzaumopetictBuu GID1 ¢ DELLA-GenrkamMu MojexkyJia Tuo-
Oepe/liMHA BBICTYIIA€T B POJU «MOJIEKYJIAPHOTO KJjes». B pesyib-
TaTe NPUCOEIUHEHUS K PeIerTopy B KapOOKCUTEPMUHAJILHOI dUa-
ctu moJyerysbl DELLA-Genka mpoucXogAT CyIleCTBeHHBIe KOH(MOP-
MAaIlMOHHbIe NU3MEHEHUs, IPUBOAIINE K BOBMOKHOCTH clrieruduye-
ckoro B3aumogeiicTeusa ¢ F-box cyowenuuauiieit SCF-m1ogo0H0 yOMK-
BUTHUHUpYyMoIIei aurasbl (puc. 53). DELLA-Gelok yOMKBUTHHUPY-
eTcs JIMra3oi W gajiee IOJBEPraeTcsl MPOTEOJIU3Y.

Pagpyiienune perpeccopoB ru06epe/IMHOBOTO CUTHAJIA ITPUBOIUT
K akTuBanuu sxcupeccuu reioB MYB-mogo0HBIX TPAaHCKPUIITNOH-
HbIX peryaaTropoB (GAMYB), npeacTaBasgoOIuX BajKHYIO T'DPYIITY
TPAHCKPUIIIIMOHHBIX aKTUBATOPOB rmb0epe InH-PeryaInpyeMbIX re-
HOB, K KOTOPBIM OTHOCHUTCSI TPYIINIa M'€HOB, KOAUPYIOIINX KOMILIEKC
ruapoauTuueckux (epmentoB. @aktopel GAMYB cnenupuuecku
CBA3BIBAIOTCA C IIPOMOTOPAMU I'eHOB B obJiacTu cis-siaemenTa GARE
(GA-Response Elements) u yuacTByOT B COOpPKe IPEHHHUIATOP-
HOro KoMmIIekca. PyHKINuoHadbHad akTuBHOCTH GAMYB-6enkoB
KOHTPOJUPYETCS He TOJbKO Ha YPOBHE TPAHCKPUIIIIUU, HO U IIOCT-
TpaHCJAAIMOHHO. [Ipenmosaraercssi BOSMOYKHOCTD PETYJIAIUN aKTUB-
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Hoct GAMYB-(pakTopoB myTeM WX KOBaJEHTHOU MOAM(MPUKAINHI

nocpeacTBOM (POCHopuIupOBaHUA.
IIpenmosio:xuTeIbHAST MOIETb THO0EPEJIIMHOBOTO CUTHAJA

1) Tu66epennuu (GA) cBaswiBaeTcda ¢ perenTopom GIDI.

2) HWsmeHenue KOH(MOpPMAIMMU PEIENTOpa HIPUBOAUT K CBI3LIBAHUIO
DELLA-6enkoB (HETaTUBHBIX PETYJIATOPOB TrubOepeInHOBOTO
cuUTHAJA).

peuenTtop

o (GBTL @
\ (S =
i cBA3bIBaHME J_//
Y DELLA-Genka MM

rméb6epennuH
W HeaKTMBHbIN MYB-reH
e ®),
aKTMBauuA
CBA3bIBaHME
c E3-nurason RNA-pol
\/'\/\/\I\I\I\

MYB-reH
AVAVAVAVAN

poBaHune

YOUKBUTUHM-

. npoteonms

e%®
(OX o) CTPYKTYPHbBIV reH
(o.-ammnasa)

26S
ekt <~ TllpoaykT

Puc. 53. MexaHusMm TpaHCAYKINU rub0epelInHOBOTO CUTHATA.
YcaoBHBIE 0003HAUECHUA:

GID1 — permenTop rudbbepesInHa;

DELLA — DELLA-Gesiok, pempeccop ru00epelInHOBOTO CUIHAJIA;
RNA-pol — PHEK-momumepasa II;

GAMYB — axTmBaTOp TPAHCKPUIIUU



194 MEXAHWU3MbI MEPEJAYN CUTHANTA PACTUTENIbHBIX TOPMOHOB

3) O6pasoanme Komirekca GID1(GA)-DELLA mpuBoAuT K cyIie-
CTBEHHBIM KOH()OPMAIIMOHHLIM N3MEHEHUAM B KapOOKCUTEPMU-
HanpHOU yacTu DELLA-6enkoB.

4) DELLA-6enku cuenuduuecku B3anmozeiicTByior ¢ F-box cyos-
eqUHUIEH YOMKBUTUHUPYIOIIEH JUTA3bI.

5) DELLA-Genxu yOMKBUTHHUPYIOTCSA U IIOABEPraeTcsa IPOTEOJU3Y.

6) Paspymierne DELLA-0eJIKOB IPUBOAUT K Oepelpeccuun rubode-
PeJINHOBOTO CHUTHAJIA.

7) AKTUBUPYIOTCSA I'€Hbl, KOOUPYIOI[E TPAHCKPUIIINOHHLIE aKTHU-
BaTopel GAMYB.

8) Tpauckpumnionuble akTuBaTopsbl GAMYB cBsaseiBatorcsa ¢ GARE-
MOTHBOM I'm00epe/LINH-PeryInPyeMbIX TeHOB 1 COBMECTHO C APY-
rMMU aKTUBATOPAMU HWHUIUUPYIOT UX JKCIIPECCHUIO.

4.4.MEPEOAYA CUTHAJIA ABK YEPE3 START-JOMEH
PELLENTOPDI

Buyrpukinerounsie perentopsl ABK PYR/PYL/RCAR (START-
JIOMEH DPeIerTOpPhbI) B OTCYTCTBUU TOPMOHA HAXOMATCHA IPEUMYIIe-
CTBEHHO B BHJe roMoauMepoB (puc. 54). B TakomM cocTogHUU perlen-
TOPBI HEe CIIOCOOHBI B3aMMOEHCTBOBATh CO CBOMMU MuiieHamu. IIpo-
TenHoBaA docharaza PP2C, koropas ABIAeTCA MUIIIEHBIO PEIIETITOPA,
HAXOMUTCSA B KOHCTUTYTUBHO aKTUBHOM COCTOSTHUM U IIyTeM Hedoc-
dopunupoBanus nHrubupyer nporenHKknHazy SnRK2 — mosutus-
bl perynarop ABK-zaBucumbix renoB. Tak kaxk SnRK2 He mposas-
JIAeT KaTaJIUTHUUECKYI0 aKTUBHOCTb U He (dochopuiupyer cyberpar,
ABK-curHan mojnepsKUBaeTCsa B PEIPECCUPOBAHHOM COCTOSAHUU.

CrasweiBanue ABK ¢ perennTtopoM, cOIpoBOKAaOIeeca N3MeHe-
HUEeM ero KoH(GOopMaIuu, TPUBOAUT K AUCCOIUAIINN PEIeIITOPHOTO
nuMepa. MoHOMEDHI pellenTopa, CBA3AHHBIE C TOPMOHOM, B3aWMO-
IEeHCTBYIOT C peaKInOHHBIM HeHTpoM PP2C M KOHKYPEHTHO WHTU-
OuUpYIOT ero aKTmMBHOCTH. Pempeccus docharassr PP2C npusogur
K npepenpeccun ABK-curmama. IIporemkmuasza SnRK2 axktuBupy-
ercs, aBTodochopuiInpyercsa mo cunenuduiuecKuM caliTaM W IIPU-
obpeTaeT CIOCOOHOCTL B3aMMOAEMCTBOBATH CO CBOMMU MUIITEHSIMU.
SnRK2 dochopusupyer rpynny TPaHCKPUIIUOHHBIX (PaKTOPOB
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axktuBaTopoB ABK-perynupyembix renoB, Hanpumep ABF2 (ABA-
Responsive Element Binding Factor 2).

aumep aKTUBHble
HEeaKTUBHOrO peLenTopbl
peuenTopa O ABK
- Q
peuenuus
Ak Q7

cBA3bIBaHME

P penpeccopa

penpeccop e

(aBTodocdhopunmposaHue)

NN

HeaKTUBHbIN reH AKTVBHbBIN reH

docdopunmposaHune
TpaHCKpI/II'ILWIOHHOFO
dakTopa

aKTVBaUuA CUrHaIbHOrO
nocpegHuKka

Puc. 54. MexaHu3M TPAHCAYKIIMU CUTHAJA a0CIIM30BOM KUCJIOTHI

4.5. BOCNPUATUE N TPAHCAYKUUA STUITEHOBOTO
CUTHANA

Peneniiusa sTujeHAa PaCTUTEIbHBIMU KJIETKAMU OCYIIIECTBJISAETCS
Ha IJIa3MaTUYeCcKON MeMOpaHe PelenTOPHBIMU TUCTUIUHOBBIMY KH-
HasaMu, 00JaJaloIMMU BBIPAKEHHOII TOMOJIOTHUEH ¢ ABYXKOMIIO-
HEHTHBIMU pelleniTopaMu 0aKTepuil U pacTeHuil (CM. pasmes «ITUje-
HOBBIE PEIeNTOPhI»). PerenTops! sTuaeHa GOPMUPYIOT CTAOUIbHBIE
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IUMepHBbIe IPYIILI 38 CUeT AUCYJb(PUIHBIX CBA3€il B 00JIaCTU 9KC-
TPaKJIeTOUYHOro N-TepMUHAJIBHOIO y4acTKa. B oTcyTcTBHE rOpMOHA
PelenTopbl HAXOAATCA B KOHCTUTYTUBHO AKTUBHOM COCTOSHUM.

AXKTUBHBIN DPeIeINTOp IOAAeP:KUBAET CJAEAYIONINNA KOMIIOHEHT
CUTHAJBbHOU cuUCTeMbl — cepuH/TpeoHunHOBYI0 KmHaszy CTR1 —
B aKTUBHOM cocTosuum (puc. 55). Cumraercs, 4TO B STUJIEHOBOM
CUTHAJbHOM MeXaHu3Me He (QPYHKOUOHHpPyeT (ocdoTrpancdepas-
HbIi MexanusM. Kuumaza CTR1 HemocpenCcTBEeHHO B3aUMOIEHCTBYET
¢ transmitter-gomenom pemenTopa (Ha puc. 55 — ETR1), mosromy
COCTOSIHHME PeIelTOPa HeIOCPeACTBeHHO BIUSET HA (PYHKIIMOHAJID-
Hyio aktuBHocth CTR1.

CTR1 saBasieTcsa HEeTraTUBHBIM PETyJIATOPOM STHUJIEHOBOTO CUT-
nana. ITo aTofl mpuYMHE B OTCYTCTBUU I'OPMOHA, CUTHAJLHAS CH-
cTeMa HaXOMUTCS B PEIPeCCUPOBAHHOM COCTOSIHUM, HECMOTPS HA aK-
TUBHBINA perentop. CBsA3bIBaHME 9THJIEHA PEIEIITOPOM IIPUBOIUT
K mHrubupoBanuio pernentopa m kKuuHassl CTR1. B pesyabrare me-
pempeccupyerca curHaibHasa cuctema stujeHa. Mumenu CTRI1
He YCTaHOBJIEHBI, OJJHAKO U3BECTHO, UTO IIOCJIE PEIPEeCCUU DdTON KU-
Ha3bl OJHUM M3 IEePBBIX aKTHUBUPYyeTCA MeMOpaHHBIN Oeaoxk EIN2
(ethylene insensitive 2). EIN2 orHOoCcHTCA K CeMeNCTBY TpaHCMeM-
OpaHHBIX DYKAPUOTUUECKUX OeJIKOB, KOTOphle 12 pas IIepeceKaroT
meMOpany. ITo cBoeii cTrpykType EIN2 630K K TpaHCMEeMOPaHHBIM
IIePEeHOCUNKAM [IBYXBAJEHTHBIX MOHOB METAJLJIOB YV JKUBOTHBIX U 00-
JlaflaeT XapaKTePHLIMU CBOMCTBAMU IIE€PEHOCUMKA MOHOB METAJLIOB.
Ilepemaua currama or EIN2 K ciexymoomieMy KOMIIOHEHTY, PeryJis-
Topy TpaHckpunnuu EIN3, Ha maHHBIII MOMEHT He BbIscHeHa. He-
IIOCPEICTBEHHO 3TH KOMIIOHEHTBI He MOI'yT B3aMMOIEHMCTBOBATDL APYT
C IPYroM, IIOCKOJBLKY II€PBBIN JIOKAJIM3yeTCsS B IIJIa3MaTHUYECKOIl
MeMOpaHe, a BTOPOU SIBJISETCS ANepHBIM OesxoM. CyIliecTByeT Ipe/-
moyoxkenue, uro EIN2 Biuser omocpemosanuo Ha EIN3 (ethylene
insensitive 3) uepes msmMeHeHUEe paBHOBeCUs MOHOB MeTasyioB. Ta-
Kum obpasom, me:xay EIN2 u EIN3, mo-BugmmMomMy, (DYHKIIMOHI-
PYIOT BTOPUUYHBIE MECCEHIKEePhI.

Tpauckpunnuouubeiii paxkTop EIN3, a TaKk:Ke poJaCTBEeHHBIE €My
6enxku EIL1 u EIL2 (EIN3-like 1 u 2), aKkTUBUPYIOT I'€HBI (PAKTO-
poB stuimenoBoro orBera ERF (ethylene response factor), komgupy-
I0I[Fe TPAHCKPUIIMOHHBIE (DAKTOPBI, KOTOPbIE IPUHSTO HAa3bIBATH
EREBP (ERE-binding proteins), To ecTb GeJKM, CBA3BIBAIOIIE STU-
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JIeH-4yBCTBUTENbHBIE cis-aKkTuBHbIe dyemMeHThl (ERE — ethylene
response element). Hanuuue sTUX 971€MEHTOB SIBJISIETCS XapaKTep-
HO# 4epTOil MPOMOTOPOB I'eHOB, KOTOPbIE MHAYIIUPYIOTCS 3THUJIEHO-
BbIM curHajgoMm. TpanckpuniuorHusie paxTopbl EREBP akTuBupyioT

STUNeH
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Puc. 55. MexaHusM TpPaHCAYKIUU STUJIEHOBOTO CUTHAJA
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TPYIIY STUJIEH-PEryJINPYEeMbIX I'eHOB, KOAUPYIOIINX (QYHKIIMOHATIE-

Hble 0eJIK!, OT KOTOPBIX 3aBUCUT Pa3BUTHE COOTBETCTBYIOIEH pe-

aKnuu. B 3aBUCHMOCTH OT COBOKYIIHOCTH IIOCTYHAIOIIUX B SIPO

CUTHAJIOB MIPOSABJSETCS IITUPOKUI NUAIa30H OTBETA Ha STUJIEH. ITO

MOJKeT BbIpakaThbCsA B cKopocTu mHAyKIuU ERE-comepskaiux re-

HOB, a TaKJKe B PAs3HO!l aKTUBHOCTU dKcIpeccuur. AKTUBAIUAA OIIpe-

IeJIeHHBIX T€HOB mMeeT (pa3o-creriuuUHbI XapakTep, TO eCTh 3a-

BHUCHUT OT II€PUOJa Pa3BUTHUS OpPraHu3Ma.

KpaTkas cxemMa CMTHAJIBHON CHUCTEMBI ITHUJIEHA

1. B orcyTcTBUM rOpMOHA PEIeNTOP HAXOAUTCSA B KOHCTUTYTUBHO
aKTUBHOM COCTOSSHMHM W AKTUBUPYET CEPUH/TPEOHUHOBYIO KU-
magzy CTRI1.

2. Axrtusubli CTR1 pemnpeccupyeT CUTHAJIBHYIO CICTEMY STHJIEHA.

3. B pesyabrare penenimuun stuseHa perentop u kuHasza CTRI1
MHAKTUBUPYIOTCH.

4. [lepenpeccupoBaHHBIII MeMOpaHHBIT O0esiok EIN2 cmocobcTByer
M3MEHEeHHNIO0 KOHIIEHTPAIlUM MOHOB METAJIJIOB B I[UTOILIAa3Me
U HYKJIeOILIasMe.

5. AxTuBUpPYyIOTCS TpaHCcKpumimoHusie paxTopsl EIN3 u EIL1/2,
CTUMYJINPYIOINE SKcIpeccuio reHoB ERF, Kogupymomux (Gak-
TOPBI TUJIEHOBOT'O OTBETA.

6. IIpoaykrel renoB ERF, TpaHcKpuminoHubsle paxtopsl EREBP,
cBsaspiBaoTcsa ¢ ERE-comep:xamiuMu mpoMoTopamMu T'e€HOB.

7. O9kcupeccusa ERE-comep:xaminx reHoB IIPUBOAUT K CUHTE3Y KOM-
IIeKca (PYHKIMOHAJbHBIX OEJIKOB, HIPUHUMAIOIIUX yYaCTUe
B PasBUTHUHU COOTBETCTBYIOIIEl pPEaKIIUU.

4.6. PELIEMUMA N TPAHCOYKLMA
BPACCMHOCTEPOUIHOIO CUrHATIA

Penenmnusa O0paccCMHOCTEPOUAOB Y PACTEHUN OCYIIECTBJAETCS
PelenTOPHBIMY KHHA3aMM, JOKAJM30BAHHBIMU B IJIadMalieMMe.
Y Arabidopsis 6paccurocTepounubiii pereritop BRI1 npunammexut
OOJIBIIIOMY CEeMEeICTBY PACTUTEIbHO-CIEIU(UYHBLIX CEPUH/TPEOHUHO-
BbIX LRR-pernentop-nomobubrx KuHas (S/T LRR-RLK). Xorsa perern-
Top BRI1 mMmeeT cTpoeHMe THUNUYHONU CEPUH/TPEOHWHOBON peIlel-
TOP-IOJ00HON KMWHA3bI, OH IPOSBJIAET CBOMCTBA KWHA3BI JBOWHOI
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CIenu(PUIHOCTHU: IIOMUMO OCTATKOB CEPHMHOB U TpeoHMHOB, BRI1

(pochopunrupyeT TakKe OCTATKU THUPOIUHOB.

B orcyrerBum auramma HeakTUBHBINA perientop BRI1 TecHO KOH-
TAKTUPYET C MOJIEKYJIaMU ABYX TUIIOB: MHIMOUTOPOM KHHA3HON aK-
tuBHOCTH BKI1 1 pelenTop-momo0HON MUTOILIa3MAaTUUYECKON KIHA-
3oii BSK (puc. 56).

1. BKI1 (BRI1 kinase inhibitor 1) — HeraTtuBHBIII peryJsiTop
BRI1. Uuru6butrop BKI1 nmeeT mOBBIIIIEHHOE CPOACTBO K HeaK-
TUBHOH (popMe pelemnTopa U, CBA3LIBASICHL C HUM, IIOIIEPIKU-
BAeT ero B HEAKTUBHOM COCTOSHUU.

2. BSK (BR-Signaling Kinase) — perenTop-mono0Has [UTOILIA3-
martuueckas kuHasa (RLCK — Receptor-Like Cytoplasmic
Kinases), uepes KOTOPYIO OCYIIIECTBJIAETCA IIepemadya CUTHAJA
ot BRI1. Cazauunasa c pernentopom BRI1, BSK mHaxogutcsa B He-
aKTUBHOM COCTOSHUMU.

Crumynamnusa pernentopa BRI1 jguramgom moswimaer ad@uH-
HOCTb PEIEIITOPOB APYr K Apyry. BpaccuHosmug MHAYIIUPYET KOH-
dopMaIMOHHbIE M3MEHEHUA, KOTOPhIe IPUBOLAAT K CTAOMIM3AIIUU
numepHBbIX opm BRI1,. IIpu commxenun perenropoB BRI1 ctumy-
JIUpyeTcsa X KWHA3HAs aKTUBHOCTb, KOTOpAas MMePBOHAYAJILHO HA-
npaBjeHa Ha MoJeKyJay maruouropa BKI1l. ®ochopuinpoBanublii
BKI1 guccomuupyeT OT pellenTopa U IepepacupeneseTcs B IHUTO-
30JIbHYIO (hpaxiiuio. BrICBOOOKIeHHBIE OT MHIHMOUTOPA PEIlelTOPLI
GopMUPYIOT TOMOAUMEDPHI (BOBMOMKHO oOpasoBaHMe OJUTOMEPHBIX
CTPYKTYP) U B3aUMHO (pochopUIUpPYIOT APYT Apyra. Asrodochdopu-
JUPOBaHNE HEJOCTATOUHO OJs ImojHou axtmBanuu BRI1 xkumasbI.
Heob6xomuma accomuarusi ¢ Koperenropom BAK1 (BRI1-associated
kinase 1), ¢ koropeim BRI1 BcTymaer Bo B3ammHOe Tparcdocdo-
puiIupoBaHme.

Kopenenrop BAK1 He MoKeT B3aMMOIeHCTBOBATL C HEAKTUB-
HBIM PEIIeIITOPOM, TaK Kak sTomy Melrnaer uarudoutop BKI1. Kpome
TOr0, AJsi 3(p(PEeKTUBHOrO CBA3LIBAHUS HEOOXOIUMAa COOTBETCTBYIO-
1ias IOArOTOBKA IMOBEPXHOCTHU PEIEeNTopa, KOTopasl AOCTUTAETCS
OyTeM TPaHCMOJeKyJIapHOTro aBTodochopunuporanus BRI1. ITocie
IUCCOIMAIINY MHIMONTOPA M HAYAJIBHOrO (POoChOpPUINPOBAHUS pe-
mentopa BAK1 cBaswiBaercsa ¢ BRI1. B 06pasoBaHHBIX IreTepPOOJIN-
romepax BAK1 u BRI1 TtpanchochopuaupyoT Apyr Apyra mo Crell-
UPUIECKUM aMUHOKHUCJIOTHBIM OCTATKaM.
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AxrtusupoBanubiii BRI1 ¢gochopuirupyer perenTop-Iogo0HYIO
muTomiasMaruueckyo KmHasy BSK1. B dochopunauposanHoM co-
crosanu BSK1 muccoruupyeT OT pelernTopa W B IIATOILIA3ME CIIeIll-
(puUecKn B3aMMOIEHMCTBYET ¢ HeaKTUBHOM (popMmoii ocharassr BSU1L
(Bril Suppressor 1), akTuBupyd ee mytemMm (ochopUIUPOBAHUA.
dochopunuporannas BSU1l mposBiasgeT cBOO aKTHUBHOCTH B I[UTO-
ImIasMe W sjape, KyJa YaCcTUUHO TPAHCIOPTUPYETCS IIOCJIe aKTUBAa-
muu. B muromnasme u nykiaeomaasme BSU1 medochopuiupyer cBoo
muiienb — KuHasy BIN2 (Brassinosteroid Insensitive 2), o6pa-
mas B HeaKTHUBHOe cocTodgHue (puc. 57).

Kunasa BIN2 aBiseTcs HeraTUBHBLIM PEryJsaTOPOM OpacCHHO-
CTEePOUAHOr0 CUTHAJLHOTO HNyTH. B oTcyTCcTBHE OpaccmHOCTEepouIa

SN

BIN2
E3

‘ ATP | ADP w

Aapo BIN2
ATP | ADP (P 265
@

!

BRRE

Puc. 56. CurnaspHasg cucreMa OpacCHHOCTEPOUA B OTCYTCTBUU JIUTAHIA
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BIN2 koHCTUTYTUBHO (oCHOPUINPYET TPAHCKPUNIIMOHHLIE pery-
aaropsl BZR1 (Brassinazole Resistant 1) u BES1 (BRI1-EMS-
Suppressor 1) — MOAYJIATOPHI AaKTUBHOCTU OpPAaCCUHOCTEPOUI-Pe-
ryaupyembix rexoB. BES1 rax:xe obosnauaior BZR2.
dDochopunupoanue paxrtopoB BES1 u BZR1 oxasbiBaeT pas-
JuYHbIe 5 PeKThl HA UX (PYHKIIUN:
1) wmarubupyerca ITHK-cBaspIBaiomas akKTUBHOCTD;
2) crumynupyetrca sxcmopt BES1 m BZR1 us agpa B 1muTo-
mrasmMy (CHHMKAeTcsa UX YPOBEHb B HYKJIEOILIazMe);
3) runepdochopunupopannubsie 6eaku BES1 u BZR1 BoBieka-
I0TCA B YOMKBUTUH-OIIOCPEIOBAHHBIN MTPOTEOM3 (paspyiia-
oTca 26S mpoTeacoMoii).

O&Ew 6paccuHonmng

Lutonnasma

@

265

BRRE

Puc. 57. MexaHu3M TPaHCAYKIIMU OPACCUHOCTEPOUIHOTO CUTHAJIA
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dochopusrupoBanmre camo II0 cebe ABIAETCI HEOOXOAUMBIM,
HO HemocTaTouHbIM mJjs gerpaganuu BES1 um BZR1. Toabpko ru-
nepdochopunupoBanHasa GopMa 3TUX OEJIKOB SABJIAETCS CYIeCTBEH-
HOM IJIsT WX Jerpamaliuu.

NuaxtuBanua kuHasdsl BIN2 docdarasoir BSU1l mpuBogur
K CHUIKeHUIO0 ypoBHsA GochopunupoBanus BES1 u BZR1. Iedoc-
¢dopunupoBanre BES1 u BZR1 karanusupyercsa docparasoit PP2A.
HedochopunupoBanubie (runodochopunupoBarnnbie) BES1 u BZR1
CBABBIBAIOTCS C IPOMOTOPAMY OPAaCCUHOCTEPOUI-PETYIUPYEMBIX Te-
HOB ¥ COBMECTHO C APYTMMM PEryJsTOpaMu MOAYJUPYIOT UX DKC-
IIpeccuio.

TpaHckpunInoHHLI peryaarop BZR1 cBasbiBaeTcs ¢ IPOMOTO-
pamvu reuoB B obiactu BRRE (BR-response element) — asemenra
OpacCMHOCTEPOUTHOTO OTBETA, IJIA KOTOPOTO XapaKTepHa KOHCep-
BatuBHasa nocsenoBarenbHocTh CGTGT/CG. MHorue reHbi, nmmero-
mire BRRE, akTUBHBI B OTCyTCTBUE OpacCHHOJIULA U UHTUOUPY-
IoTcA moj AeiictBueM sToro ropmoHa. Hampumep, ¥ BRRE-cozep-
JKaIuM TeHaM OTHOCATCA KJIIOUueBble MeHbl OMOoCHHTe3a GpaccuHO-
cTepou0B. BpaccuHoCTEepOUABI KOHTPOJUPYIOT COOCTBEHHBIN TrOMe-
0oCTa3 II0 IPUHIUITY 00PATHOI HEeTaTHUBHOII CBA3U IOCPEACTBOM pe-
npeccuu Takux remoB. @axkTop BZR1 yuacTByeT Tak:Ke B aKTHBa-
U TeHOB, SKCIPECCUA KOTOPBIX BaKHA NJSA CTUMYJIAIUU POCTO-
BBIX IIpoIleccoB. AKTuBUpYyMoIee neiicreue BZR1 mpossiaserca mpu
€T0 B3aWMOJENCTBUU C APYTUMU PEryJsaTOPaMU TPAHCKPUIIUN.

Kparkoe onmucanue mpeamosaraeMoro MexaHH3Ma OpacCHHO-
CTePOMTHOTO CHTHAJA

1) B orcyrerBum OpaccuHoctepouma perentop BRI1, morkammso-
BaHHBIM B ILJIadMaJjieMMe, cBasaH ¢ mHruomropom BKI1 u pe-
IeIITOP-II0MO0HOM MuTOoILIasMaTnuYecKoii kuuaszoii BSK. Kunasa
BIN2 mposiBiisgeT KOHCTUTYTHUBHYIO aKTHUBHOCTL U (ochopuin-
pyer Tpackpunmuonubie paxtopbl BES1 u BZR1. I'mmepdoc-
dopunupoBaHHBIE (POPMBI 3TUX OEJIKOB MOABEPTAIOTCA YOMKBU-
TUH-3aBUCUMOMY IIPOTEOJIUZY.

2) CaswviBaHue OpaccuHocTepouaa c¢ perentopom BRI1 crabuiam-
3uUpyeT AUMepPHBbIe (G OPMBI PeIenTopa W CTUMYJUPYeT KUHAa3-
HYIO aKTUBHOCTD.

3) BRI1 dochopunupyer murudéumrop BKI1, KoTopwIil Auccomum-
pyeT OoT peremnTopa.
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4) BricBOOOKJeHHBIE OT MHTUOUTOPA PEIeNTOPhl AUMEPUIYIOTCA
u aBTOMPOCPOPUIUPYIOT APYT Apyra. B pesyabrate QopMUpy-
eTcsl IIOBEPXHOCTh JJIs CBSA3BIBAHUA ¢ KopelernmTopom BAKI.

5) AcconmuupoBarubie BRI1 m BAK1 TpanchochopuaupyoT Apyr
Ipyra. 9To OPUBOAUT K ImoJHOU akTtuBamuu BRI1.

6) Pertenitop BRI1 aktuBupyer KmHasdy BSK myrem dochopuam-
poOBaHUS.

7) Kunasa BSK puccomuupyer ot perentopa u Ghochopuginpyer
docparazy BSU1, mepeBonss B aKTUBHOE COCTOSHIIE.

8) ®ocharaza BSU1 medochopunupyer kunazy BIN2, nHaKTUBU-
py< ee.

9) Tpauckpunmuonubie peryasaropbkl BES1 u BZR1 B orcyrcTBUM
aktuBHocTu BIN2 gedochopunupyrorcs pocharasoit PP2A
U IpuoOpeTaoT cTabuJIbHOE TUIO(POCHOPUINPOBAHHOE COCTOS-
HUeE.

10) @axkTopsr BES1 u BZR1 cBa3BIBAIOTCA CO CIEIUPUUECKUMU
dJIeMEeHTaAMU ITPOMOTOPOB OPAaCCHMHOCTEPOU-PETYIUPYEMBIX Te-
HOB ¥ COBMECTHO C JPYTHMMHU PETyJIATOPAMU TPAHCKPUIIIUU MO-
IyJUPYIOT SKCIPECCUI0 TeHOB.
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10.
11.
12.
13.
14.
15.
16.
17.
18.
19.
20.
21.
22.
23.

3HaueHne, CTPYKTYpa 1 NPUHLMMNbI GYyHKLMOHUPOBAHWA
CUrHaNbHbIX CUCTEM KJIETOK

3HaueHWe CUTHAJBHBIX CHCTEM B OMOJIOTMUECKUX O0BEKTax.
BricTphle 1 MeAJieHHBIE PEaKIIUN.

KoMIIOHEHTHI CUTHAJIBHBIX CHUCTEM.

MousexkynspHble OCHOBBI ITepefiauyl BHYTPUKJIETOUHBIX CUTHAJIOB.
Kackagubie MexaHU3MBI.

AncTpuM U ZayHCTPUM KOMIIOHEHTHI CUTHAJIBbHBIX CHUCTEM.
OPPeKT ycuIeHusI B CUTHAJIBHBIX CHCTEMaX.

3HaueHMe IIPOIECCOB TPAHCKPUIIIINY U TPAHCJIAIINYN B TPAHCAYK-
UMW CUTHAaJIA.

TpaHCKPUOIIMOHHBIN KacKal.

Tunbl cUrHAJTBHBIX MEXaHW3MOB.

HepernpeccopHble CUTHAJIbHBIE MEeXaHU3MBbI.

Cucrema yOMKBUTHUH-OIIOCPEIOBAHHON Herpamaiiuu OeJIKOB.
YOUKBUTUH U YOUKBUTUH-IIOLOOHBIE OEJIKHU.

3HaueHNe YOUKBUTUHUPOBAHUSA OEJIKOB.
YOUKBUTUHUPYIOIUN KOMILJIEKC.

Crpyrrypa SCF-momo6HON yOMKBUTHUHUPYIOIIEH JINTa3kI.
Perynanusa aktuBuoctu SCF-n1urassi.

CasaspIBaHMe cyOcTpaTa ¢ YOMKBUTUHUPYIOIIEH JUTA30M.
OcobeHHOCTU OEJIKOB-MHUIIIeHeH YOMKBUTHUHUPYIOIIEN JINTas3bl.
CrpykTypa 26S mpoTeacoMsbl.

Koposaa 20S mporeacoma.

Perynaropras 19S uacrturia.

OcobeHHOCTH (PYHKIIMOHUPOBaHUA 26S mpoTeacoMbl.

Peuenuunsa curHana

Kiaerounsle pemenTopsr.

PasnoobOpasue TuIOB perenTopos.
CTpyKTYpHO-QYHKIIMOHAJIBHBIE OCOOEHHOCTH PEIeIITOPOB.
Cyb6pequHMYHAA U TOMEHHASA CTPYKTYypa PEIenTOpPOB.
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18.

19.

20.
21.
22.
23.
24.
25.
26.
27.
28.
29.
30.
31.
32.
33.
34.
35.
36.
37.
38.
39.

OcHOBHBIE MEXAaHW3MBI AKTHUBAI[UU PEIeIITOPOB.
DyHKIIMOHAILHAA AKTUBHOCTD PEIlelITOPOB.

OcHOBHBIE CBOMCTBA JINTAH/-CBSI3BIBAIOIIUX PEIeIITOPOB.
Jloxkanmsanus JUraHI-CBSI3LIBAIOIUX PEIleIITOPOB.
Brerrnue perenTopsl.

PenenTop-momobuble KUHABHI.

. FHCTHI{HHOBBIG penernTopHbie KMHA3bI.

BaRTepI/Ia.TII)HI:Ie THUCTUINHOBBIE PEIEIITOPHbIE KMHA3bI.

. 'nbpugHble TUCTUANHOBLIE KMHASMI.

. Perynaropsr orBera A u B-Tumna.

. 'nctuguuoBeie Qochorpanchepassl.

. IIpoxapuormuecKkue ABYyXKOMIIOHEHTHbIE CUTHAJIbLHbBIE CUCTEMBI.
. IIByXKOMIIOHEHTHbIE MHOTOIIIATOBbIE CUTHAJIbHBIE CUCTEMBI pac-

TeHUI.

ITpuuuHB yCAOKHEHUA YKAPUOTUUYECKUX ABYXKOMIIOHEHT-
HBIX CHUCTEM.

CTpyKTypa m MexaHu3M (QYHKIIMOHUPOBAHUA ATUJIEHOBBIX pe-
IEeIITOPOB.

G-6en0ok compskenabie perenTopsl (GPCR).

G-0eJIOK CONpsKeHHbIe PeIleNTOPhl *KUBOTHBIX.
G-6enxku GPCR-tuna (GTG).
Penentopsi-KaHAIO(QOPMEDHI.

BHYTpUKJIeTOUHBIE PEIEeNTOPHI.

Anepubie perentopsl KuBOTHBIX I u II Kiaccos.
BHyTpuK/IeTOUHBIE PEIeNTOPhl PACTEHUIA.

F-box perenTopsr.

TopMOH-uyBCTBUTENILHBIE JINTIA3bI.

START-momMeH peIenTopsl.

PasrooOpasue u 0COOEHHOCTU CBETOBBLIX PEIeIITOPOB.
Xpomohopsl (POTOPEIEIITOPOB U CHEKTPHI IIOTJIOIEeHNA.
DOTOTPONUHBI.

DyHKIIUYU, KOHTPOJIUPYEMbIe (DOTOTPOIIMHAMU.
CTpyKTypa (POTOTPOIIMHOB.

MexaHn3M CBETOBOM aKTHUBAIIUU (DOTOTPOIIMHOB.
Kpunroxpomsi.

dDyaKIUYU 1 GOPMBI KPUIITOXPOMOB.

CTpyKTypa M MeXaHu3M aKTHUBAIUU KPUITOXPOMOB.
DUTOXPOMBEI.
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40.
41.
42.
43.
44.

45.
46.
47.
48.
49.

. . .

.
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Pasuoobpasue u 3HaueHue (PUTOXPOMOB.

doToKoHBepcUua (PUTOXPOMOB.

T'pynmel GpuTOXpOM-3aBUCUMBIX OTBETOB.
doronabunababie U (GOTOCTAOUIbHEIE (PUTOXPOMBI.
CrpyKTypa duroxpomMoB. [[oMEeHHBIN cocTaB (POTOCEHCOPHOTO
U TUMEPU3AIMOHHOTO PaiioHOB.

AxTuBanus (puTOXPOMOB M IIepefadya CBETOBOI'O CHUTHAJA.
CBeTo3aBUCHMbIe U3MEHEHUS CTPYKTYPBI (DUTOXPOMOB.
ITleperoc GpuUTOXPOMOB B AIAPO.

Perynanusa akTuBHOCTH (QUTOXPOMA.

Mopgynaamusa akTUBHOCTH MUIIIeHeH (puToxpoma.

MNepepaya curHana BHYTpY KNeTKN

G-6esnku. PasnooOpasue u GyHKIIUH.

Tereporpumepnbie G-6enku. CTPpyKTypa U IUKJ aKTUBAIIUH.
Monomepubie (Manbie) G-0eaKu.

PasHnoo6pasue moHOMepHBIX G-0eTKOB.

CurHajbHbIe MOHOMEPHBIE G-0eJIKHU.

Muka akTuBauyu MOHOMEPHBIX G-6eJIKOB.

IdbdeKTOPHBIE MOJEKYJILI 1 BTOPUYHBIE MECCEHIKEDHI.
dochonumassl, UX THUIBI U CANTHI pacIlellieHus cyocTpara.
Dochonumnasel D, ocobeHHOCTH KaTaamsa.

Mexanusm axTuBanuu gochosunassl D u nmepemaua curxHaia.
Dochonunazsr C. Knaccupurranua n xapaKTepUCTUKA TPYIIIL.
ITomudochonuosutuzn-saBucumsie (ocdosnnassr C.
(DOC(I)aTI/I,HI/IJII/IHOBI/ITOJI 1 ero IIpou3BOJHBIE.
PI-PLC-omocpe1oBaHHBIN CUTHAJIUHT.

WNuosutondocharsl, IMATTUATINIIEPOJ U UX POJIb B CUTHAJIHTE.
Dochonmnaszsr A,, uX TUOB U QYHKIIUN.

OKTameKaHOUuIHBIA IYTh.

3HaueHUe OKCUJIMIIMHOB B Iepefaue cuUrHajioB. sKacmoHAaTHI.
dyurnuu dochoaunaser A,.

Dochonnnassr A; u B, smusodochonrumnassr A.
BsaumopetictBue ¢ocdosmmas.

Oxcupn azora (II) w NO-curHaaumHr.

XuMnuecKue 1 aHTHOKcuUAaHTHEIe cBoiictBa NO.

ITytu o6pasoBanma NO.
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25.

26.
27.
28.
29.
30.
31.
32.
33.
34.
35.
36.

37.

38.
39.
40.
41.

42.
43.
44.
45.
46.
47.
48.
49.
50.
51.
52.
53.
54.
55.
56.

57.

Hurpar/uurpur-saBucumbie ()epMEHTATUBHBIE IIYTHU CUHTE3a
NO.

Aprunnn-sasucumbie nmytu cuHrtesa NO.

Hurpur-zaBucumble HeepMeHTaTUBHBIE ITyTH o0pasoBanHus NO.
NO-curusajauHr.

HurposunupoBanue MeTayIoB.

S-HUTPO3UINPOBAHUE I[UCTEUHA.

Hurpuposanue TtuposuHa.

Casp NO u Ca?"-curmaiios.

HyxrneoTuaiiukiasHble CUTHAJIbHBIE CHCTEMBI.
AeHUIATIMKIA3HASA PEryJsSATOPHAS CHUCTeMA.

depMeHTHI aJeHUJIATIINKIA3HOU CHUCTEMBI.

Posbs cAMP B perynamnusa akTUBHOCTH IIPOTEMHKUHA3ZBI A JKU-
BOTHBIX.

3uauenne cAMP B peryaanuu akTUBHOCTU KaTaOOJUTHBIX Te-
HOB y OaKTepuii.

cAMP-peryaupyemblie OeJIKH pacTeHUIA.

I'yamunarmuraaser 1 cGMP

WoHbI Kanblus B CUCTEME Ilepefayyd CUrHaja.
DyHKIIMOHAIBHBIE MOIYJIN KaJbI[U-3aBUCUMOr0 CUTHAJIBLHOTO
MexXaHu3Ma.

Crpykrypa Ca?'-cBaspIBaoux GeJIKOB.

Ocobennoctu cTpyKTyphbl Ca?’-cBA3bIBAIOIEro IEHTPA.
KansOuuauH 1 KaJabMOIYJINH.

TpaHCIIOPTHBIE CUCTEMBI, KOAUPYIOIe KaJbIIMeBbIA CUTHAJ.
OKCTPAKJIETOUHLIN TPAHCIIOPT KAJbIIH.

Ca?"-ATPassr ER-Tumma 1 aBTOMHruOupyeMsIe.

Mexauusm mepenoca noHoB Kanblusa Ca’’-ATPazamu.
Ca?*/H'-aHTHUIIOPTEPHI.

NugynupoBaHHOe IIOCTYIJIEHWE KaJbI[UA B IIUTOIIAZMY.
IToreumnuan-ymnpasisemMble KaHAJLI.

Jluraug-ynpasiisgemMble KaHAJIBI.

HexomupoBanme Ca’"-curmasa.

AxTHUBaNuA KaJbMOIYJINH-3aBUCUMbBIX OEJIIKOB.

Mogynanusa akTUBHOCTA TPAHCKPUNIIUY KAJbMOINYJIUHAMU.
Mogaynsanusa aKTUBHOCTH 0€JIKOB KAJbIUIi-3aBUCUMBIMU K-
HazaMu.

KoBanenrnas mMomupuramus CUIHAJIBHBIX IIOCPEIHUKOB.
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58.
59.
60.
61.
62.

63.
64.
65.
66.
67.
68.
69.
70.
71.
72.
73.
4.
75.
76.
7.
78.
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Kunasuo-docharasHblii ITAKII.

PactuTenbHbIe TPOTEMHOBBIE KMHA3bI.
Kanpiuii-saBucuMble TPOTENHOBBIE KUHA3bI.
Kanbnuii-KarsMooyInH-3aBUCUMbIe KHUHA3EI.
Kanpruii-saBucuMble KMHA3H! (KAJIbMOIYJIUH-TIOJOOHBIN JOMEH
TPOTENH-KUHAS3HI).

CBL-B3auMoelicTBYIOII[1Ee IIPOTENHOBbIE KMHABHI.
Kansnuneiipua B momobuble Genku.

SnRK — SNF1-mogobHbIe KMHA3EI.
Penentop-nmomobunie kuuasbl. I'pynnel RLK.
MAP kunazer (MAPKKK, MAPKK, MAPK).
Huxnaun-saBucumble KuHasbsl (CDK).
Kaseunoswie kunassr CK1 u CK2.
Cemeiicteo GSK3/Shaggy.
CTR1/Raf-momob6HOE cemeiicTBO.
IIporennoBrie QochaTasbl.

Knaccupuranusa gpocdaras.
CepuH/TpeOHUHOBBIE (pochaTassbl.
Tuposunossie (ochaTass.

Pacturenpubie ¢ocdarassl.

Pasroobpasue pactureabHbIX (ocdaras.
3HaueHNe PacTUTEJbHBIX (pocdaras.

MexaHu3MmMbl Nnepedaun cCMrHana pacTuTesbHbIX FOPMOHOB

. Perynanua TpaHCKPUIINYN ayKCUH-PETyJIUPYyeMbIX I'€HOB.

Perynaropsl TpPaHCKPUNIIUY ayKCUH-PETYyIUPYEeMbIX T'€HOB U UX
JOMEeHHasi CTPYKTypa.

Yuactue Aux/IAA u ARF B peryadamnuu sKcIpeccuu ayKCuH-pe-
TyJINPYEMBIX T'€HOB.

Ilepemaua MUTOKMHUHOBOTO CUTHAJIA.

TpaucayKua ru60epe I IMHOBOTO CUTHAJA.

ITepenaua curaana ABK uepes START-moMeH perenTopsl.
Bocopusarue m TpaHCIYKINSA 3THUJICHA.

Penennius u TpaHCAYKIUA OGPACCHHOCTEPOUIHOTO CUTHAJA.



