3HAYEHUE, CTPYKTYPA U NPUHLUMUINbI
®YHKUNOHUPOBAHUA CUTHATIbHBIX CUCTEM KIIETOK

Bocnpusitue 1106010 3KCTPaKIETOYHOIO CUTHAjda OCYLIECTBISIETCS — KJICTOYHBIMH
peuentopamMu, a 3aTeM MepelaeTcs B COOTBETCTBYIOIIME KIETOYHBIE KOMIIAPTMEHTHI K
KOHEYHBIM MUIIeHsM. OTBETHBIC PEAKIIUU KICTKU MOXKHO Pa3/IeIUTh Ha OBICTPHIC U ME/IJICHHBIC.
bricTphle peaklMy MPOTEKalOT MpaKTUYeCKH Oe3 3aJep)KeK I0cCiie BOCHPUSTHS CUTHAJIA.
[Ipumepom OBICTPBIX peaKIUid MOTYT CIYKHTh H3MEHEHUS WHTCHCHBHOCTH W HAIPaBIICHUS
TpaHCMEMOPAHHBIX MOHHBIX MOTOKOB M CBSI3aHHBIX C 3TUM IPOLIECCOB MOIYJSIUN aKTUBHOCTU
CylIecTBYIOIUX (hepMeHTOB. MeyIeHHbIe peaKLuU CBSI3aHbl ¢ U3MEHEHHUEM 3KCIIPECCUU T'€HOB,
TO €CThb OHHM 33JCHCTBYIOT IPOLIECCHl TPAHCKPUIIMU M TPAHCISLUHU, ITOITOMY HPOSIBISIOTCA
C HEKOTOPOH 3a/IePIKKOH, 110 CPABHEHUIO C OBICTPBIMU PEAKLIUIMHU.

st u3MeHeHHs SKCIPECCUU TeHOB B KJIETKE HEOOXOIMMO OCYIIECTBUTh CHHTE3 HOBBIX
TPAHCKPUIILIMOHHBIX (DAKTOPOB WM MOIYJTUPOBATH AKTUBHOCTH CYIIECTBYIOMIMX, TaK Kak
HaJIM4ME B KJIETKE PEryIATOPOB TPAHCKPHUIILUN, COOTBETCTBYIOIIUX I'€HAM 3yXpOMaTHHA, €Ille HE
oOecrieuynBaeT  HEOOXOAMMOTO  YPOBHS  TpPAHCKpUNIMH.  MOAyNSAIMs ~ aKTUBHOCTHU
TPAHCKPUIILMOHHBIX (PAKTOPOB MOXKET OCYIIECTBIATHCA Pa3IMUYHBIMH CIIOCOOAMU: HAIpUMED, B
pe3ynbTare KOBaJCHTHONH MoaudHKay (MPUCOCTUHEHUS WIH YJAJICHUS TPYI, YaCTUIHOTO
MPOTEOIN3a), WIK MyTEeM CBS3BIBAHUS mpaHc-(HAKTOPOB C AIJIOCTEPUUECKUMH DPETYJISATOpaMu
(uvoHamu, OeJKaMHM WM BELIECTBAMU TOPMOHAJIBHOM MPUPOABI) IOCPEACTBOM CIa0BIX
B3aUMOJICHCTBUM.

[Tockonpky  MOAYJSIIMSI TE€HHOM  OKCOPECCUM  CTUMYJIUPYETCS IOJ  BIMSHUEM
JKCTPAKJIETOYHBIX CTUMYJIOB, KJIETKa JOJDKHA PACIO3HABATh 3T CHUTHAJbI U aJ€KBAaTHO HAa HUX
pearupoBath. B MHOTOKIETOYHBIX OpraHm3Max (YHKIIMOHHUPYET CIOXKHAS CHUCTEMa Meperadyu
MEKKJIETOYHBIX CUTHAJIOB (XUMUYECKHUX, JIEKTPUUECKUX). DTH CUTHAJBI TOCTABISIOT B KIETKU
uHpOpMaLuI0 00 H3MEHEHHMSIX B OKpYXallled cpeae W BHYTpU opraHusma. JloCcTUrHYB
OTEIBHON KIJIETKH, MEXKJIETOYHBbIM CUTHAJI 3allyCKaeT BHYTPHUKJIETOYHYIO CHTHAJIbHYIO
CUCTEMY, KOTOpasi MPUBOJAUT K CTUMYJISIIUN WIIM HHTHOUPOBAHUIO PA3IMYHBIX MTPOIECCOB.

TpaHcaykuus curHaiza OT pelenTopa 10 FeHOMa MOYKET OCYIIECTBUTHCS TOJBKO IpPH
HaJIM4YUM COOTBETCTBYIOIIMX KOMIIOHEHTOB CHCTEMbI Iniepenauu curHana. I[lo cBoemy
MEXaHHU3MYy CHUTHaJbHas TPAHCAYKLUS SIBJISIETCSA, MO CYIIECTBY, IMOOYEPEIHBIM H3MEHEHUEM
CBOICTB IEPEHOCUMKOB cUrHana. Hampumep, perentop B pe3ysibTaTe akKTUBALUU MPUOOpETaeT
CITOCOOHOCTH BO3/ICHCTBOBATh HA MOCJICAYIONINI MEPEHOCUYNK CUTHAJIA, U3MEHSISI €T0 CBOMCTRA.
Jlanee 3TOT mepeHOCYUK OyJeT BIMATH U U3MEHATh (YHKIIMOHAIHHOE COCTOSHUE OYEePEeTHOTrO
KOMIIOHEHTAa  CHCTEMbl  TpaHCAyKIMM curHama u  T. 1. llocmenoBarenbHas
aKTUBALMS/MHIMOUPOBAHUE TMEPEHOCUYMKOB IPEACTaBISAET COOON KacKaJ peakiHid, MO3TOMY
Takol croco0 TmepeAauyd BHYTPUKJIETOUHBIX CHUTHAJOB YacTO Ha3bIBAIOT KACKAJIHbIM
MeXaHHU3MOM (ClIaiia 5, mpe3eHTanus).

IlocnenoBarenpHass akTUBALMS IEPEHOCUMKOB MOXET OCYLIECTBIATBCA  Pa3HbIMU
crocobamu. OHaKO OCHOBHOI NMPUYNHON U3MEHEHHUSI CBOMCTB NEPEHOCYMKOB CUTHAJA SBISETCS
U3MEHeHue ero koHdopmanuu. B 1ienom akT nepeiayu CUrHajga MOKHO IPEICTaBUTh B TaKOM
BUJIE:

BO3/1eHCTBHE
}
H3MeHeHue KOH(popManuu
!
H3MeHEeHHUe CBOMCTB
(rOTOBHOCTH K JajIbHeHIIel nmepeaaye CUrHagia).

B kauecTBe mnpuMEpOB BO3MOXKHBIX MEXAHU3MOB BO3JICHCTBUS MOYKHO BBLIEIUTH
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1) B3aMHOE CBSI3bIBAaHUE, ONPEICIIEMOE HAJIUYUEM KOMIUIEMEHTapHbIX MOBEPXHOCTEN
(Hampumep, y3HaBaHUE TOPMOHA PELENTOPOM);

2) xoBaJIeHTHas1 MOTU(HUKAIHS (BBEICHNE WU OTIICIUICHUE TPYIIT; 00pa30BaHKE WU Pa3phiB
CBsI3el B MAKPOMOJICKYJIaX-KOMIIOHEHTaX CUTHAJIBLHOM 1IETH);

3) usmenenue pH 1 KOHIIEHTpAIIMK HOHOB.

OCHOBHBIMHA KOMIIOHEHTAMH T'MIIOTETHYECKON CUTHAIBLHOM CUCTEMBI SIBIISTFOTCS peucnrop,
s dexTop, BTOpUUHbIe MecceHIKepbl, G-0ea1KkHn, MOANGUIIUPYIOIINE CUTHAIbHBIE (EPMEHTHI U
KOHCYHBIC MUIIICHU.

PenenTop BOCIIpHHUMAET SKCTPAKICTOYHBIN CUTHAJ M 3aITyCKAeT KACKaIHbI CUTHATBHBIN
MCXaHU3M BHYTpPU KIICTKH. Knerku 06J'IaI[aIOT Pa3sHbBIMHU TUIIAMH CICHUATIU3UPOBAHHBIX
peLenTOpPOB, PACIIO3HAIONIMX OMPEICICHHBIN BH] CUTHAJIA.

G-0esku — 0co0ObIe CUTHAJIBHBIE MOJIEKYJIbI, oOaaaroniiue GTPa3HON aKTHBHOCTHIO.

IddexTop (mnu >pdexTopHas MoJIeKya) MOIy4yaeT CUTHANl OT pELeNTopa, MpUYeM
comnpspkeHue 3¢ dexropa 1 perentopa MOXKeT ObITh KaK IPSMOE, TaK M KOCBEHHOE, TO €CTh Yepe3

MOJIeKyJIbl-IocpeqHUKH  (amantepbl). OcHoBHass (yHKOUS 3((HEeKTOpoB — MHPOU3BOJCTBO
BTOPHYHBIX MECCEHIKEPOB.
BTopuuHble MecCeHIKepPbl — 3TO HU3KOMOJCKYJSPHBIE OPTaHMYECKUE COCIUHECHHS

WIM WOHBI, CIOCOOHBIE o0OecreunBaTh JANBHEHIIYIO Tiepenadyy CUTHAlla  IyTeM
AMIIOCTEPUUECKON PEryNsiiui. AKTHBAIUS TMOCIEAYIOIIUX KOMIIOHEHTOB CHTHAIbHOM Ienu
BTOPUYHBIMU MECCEHDKEpAMU OCYIIECTBIISICTCS TMPU JIOCTHKCHUU WMHU  OINPEACICHHON
KoHLeHTpanuu. Ha ypoBHe addexTopoB obecrieuynBaeTcs yCHICHHE CUTHala, TaK KaK OHU
CHHTE3HUPYIOT OOJBIIOE KOJTMIECTBO BTOPUYHBIX MMOCPEIHUKOB, KOTOPBIE MOTYT aKTUBHPOBATH
MHO>KECTBO MOCJIEAYIONIUX CUTHAIBHBIX MOCPEAHUKOB MM KOHEUHBIX MHUIIICHEH.

AnanTepHble  MOJEKYJbl — O€lnKkd, OO0CCICUMBAIOIIME B3aWUMOJCHCTBHE  JABYX
CUTHAJIbHBIX TMOCPETHUKOB. Hampumep, penentop MoKeT BO3AeiCTBOBaTh Ha 3(PQEKTop HIU
WHYIO CUTHAJIBHYIO MOJIEKYJTY TOJIBKO Yepe3 afanTepHblid OEIoK.

CurhHajnbHble  MoOJeKYJIbI-¢pepMeHTbl, OO0EClEeYNBaOIINE MOCTTPAHCISIIUOHHYIO
MOIU(UKALNIO TOCPEIHUKOB Tmepenaun curHana. (Crnenyer otiaudath OT 3¢ QPEKTOpoB,
KOTOpBIE TOXE SBJSIOTCS (epMEeHTaMH, HO UMEIOT MHYI (yHKOWi0.) Bemyuryio pons cpenu
TaKNX CUTHATHHBIX TOCPETHUKOB BBIMOTHSIIOT IPOTEHMHKUHA3HI U TTpoTenH(pochaTassbl.

Koneunbie Mmumenu obecreunBaroT HeoOxoaumMoe (yHKIMOHAIBLHOE COCTOSIHHE KIIETKU
JUTSE KOHKPETHBIX YCIOBHIA. B KauecTBe KOHEYHBIX MUIIICHEH BBICTYIAIOT, HApUMEpP, (pepMeHTHI
WM TPAHCKPUIILIMOHHBIE (DaKTOPBHI.

3amyck TpaHCAYKIIMY CUTHAJIA B KJIIETKE BCET/Ia HAUMHACTCS C PEIENTOpa M 3aKaHUYUBACTCS
MOJIyJINPOBAHMEM aKTUBHOCTH KOHEUYHBIX MHUIIEHEeH. B psne ciydaeB 53ToO BbIpakaercs
aKTUBallMel WM HMHTUOMPOBAHHEM, a B HEKOTOPBIX — HW3MEHEHHWEM akTHUBHOCTU. OIHAKO
MIPOMEKYTOUHbIE KOMIIOHEHThl CHUTHAJIBHON CHUCTEMBI MOTYT OBITh MPEICTaBICHBI HIMPOKUM
CIEKTPOM Pa3HOOOpa3HbIX (YHKIIMOHATHHBIX MOJIEKYJd. KoiauuecTBO W THI KOMIIOHEHTOB
KOKIOW KOHKPETHOW CHUTHAJIBHOM CHCTEMBI CTPOro CHEeUU(PUYHBI, MPUYEM B HEKOTOPBIX
CHUCTEMaX MOTYT OTCYTCTBOBaTh 3(pPEeKTOpHI M BTOPUYHBIE MECCEHIKEPHI. B npyromMm cimyuae B
nepegaye CUrHajia MOTYT ObITh 3aJ€HCTBOBAHBI HECKOJIBKO THUIIOB 3((EKTOPHBIX MOJEKYJ, a
COOTBETCTBEHHO, U BTOPHYHBIX MOCPEIHHKOB, JCUCTBYIOUIMX IOCJIEIOBATEILHO WU
napajuiensHo. Hambosee kopoTkasi curHaibHasi Lierodka HaOJIoAaeTcs B TOM cliydae, eclii
peuenTop SIBJISETCS OJHOBPEMEHHO KOHEUHOW MUIICHBIO. B KadecTBe mpuMepa TaKUX MOJIEKYI
MO>KHO MPUBECTH SIIEPHBIE PELIETITOPHI, CBSI3bIBAIOIINE CTEPOUIHBIE TOPMOHBI.

B ynporieHHOM BapuaHTe KacKaIHBI MEXaHU3M MOXKET OBITh MPEJCTABICH B BHIE
JMHEWMHON MOCeIoBaTeIbHON nepeaaun curHaia. OIHaKo, Ha camMoM Jelie, 4Yalle BCero
pacnpoCTpaHEHUE CHTHAIA B KIIETKE MMEET BEEPHBIN XapakTep, TO €CTh CTHMYJISIHS OIHOTO
peuenTtopa MOIYJIHUPYET AaKTHUBHOCTb, KaK IMPaBWJIO, MHOKECTBO KOHEYHBIX MHILECHEH.
Hampumep, mox Bo3aelicTBUEM KOHKPETHOTO TOPMOHA B KJIIETKE aKTHBHPYETCS JKCIPECCHUs
1ej10ro Habopa reHoB.



Kpome Toro, MHOrme U3 HMHTPAKIETOUYHBIX CHUTHAJIBHBIX CHCTEM TECHO B3aWMOCBSI3aHbI
Ipyr ¢ JapyroMm. BsammoneicTBys, OHM MOTYT CIIOCOOCTBOBaTh B3aUMHOMY YCHIICHHMIO,
OCJTa0JICHNIO, a TAaKXKe MPOSBICHHIO KAYECTBEHHO MHOTO PE3ysbTaTa, TO €CTh JABE CHUTHAJIbHBIC
CHCTEMBI COBMECTHO MOTYT IIPUBECTH K COOBITHIO, OTINYHOMY OT T€X, K KOTOPBIM IPUBOJAT 3TU
K€ CHCTeMbl IO OTAenbHOCTU (cnaiin 6, mpeseHtauus). [lo 3Tol npuyMHE KackaaHbIE
MEXaHU3Mbl MOXHO, CKOpee, IMPEICTaBUTh HANoj00ue CHUTHAJIBHOM CeTH, NMPOHM3BIBAIOIIEH
kJIeTKy. CHUrHajmpHbBIE IMyTH MOTYT OBITh HACTOJBKO NEPEMJIETEHBl W B3aUMO3aBUCUMBI, YTO
HOpOH TPYAHO UAESHTHU(PULHPOBATH NPUUMHHO-CIIEICTBEHHBIE CBSI3H MPU U3yUYEHUH MEXaHU3MOB
TpPaHCIYKIUU CUTHAIA.

MHorue KackajJHble MEXaHHM3Mbl, HWHAYLUUPYIOIIME H3MEHEHHE TE€HHON SKCIIpecCuH,
OPUBOJAT K AKTUBALIMM TEHOB, KOAMPYIOUIMX TPAHCKPUMILIMOHHBIE (akTopbl. BHOBB
CHUHTE3UPOBaHHbIE mpaHCc-PaKTOPbl MPOBOLMPYIOT BTOPYIO BOJHY OJKcHpeccuu (cmaip 14,
npe3eHTauus). I[lpyuemM BTOPUYHO aKTUBHpPYEMblE T€HBI MOTYT TOXE KOJUPOBATh
TPAHCKPUILMOHHBIE (akTopbl. KOHEUHblEe TE€HBI-MUIIEHU AaKTUBUPYIOTCS B IOCIEIHION0
ouepenb. TakuM 00pa3oM, KacKaJHbII MEXaHHW3M MOXKET BKIIOYaTh B ce€0s HE TOJIBKO
aKTUBALMIO TPAHCKPUIIIMOHHBIX (PAaKTOPOB, HO U UX CHUHTE3 IyTEM HKCHPECCHU PETYJIATOPHBIX
TEHOB.

Oo0bsicHeHHne cxeMbl Ha caaiine 14. Mozaens KacKkagHOTO MEXaHU3Ma, B KOTOPOM aKTHBHPYETCS SKCIIPECCHUS
reHa, KOJUPYIOIEro TPAHCKPUITLIMOHHBIHA (haKTop.

BHemHuit curnan, BoCIIpUHUMAaEeMbIi KJIETOUHBIM perientopoM R uepe3 kommnoHeHTs! A u B nepenaercs Ha
TpaHCKpUNUUOHHBIA (akTop C, KOTOPHIA aKTUBHPYET JKCHPECCHIO T'eHa d, KOIUPYIOUIEro TPaHCKPHUILIMOHHBIN
¢axrop D. Tpanc-daxrop D crumynupyeT TpaHCKpPHIILIUIO TeHOB e, f 1 g, KoTopble konupytot 6enku E, F u G.

PerynstopHblii MexaHW3M, 3aJCUCTBYIOIIMN MOCIEAOBATEIbHBIA CHHTE3 HECKOJIBKHUX
TUTNIOB mpanc-HaKTOPOB, HA TEPBBIA B3TJSNA, MOXKET IMOKA3aThCsd MEAJICHHOJCHCTBYIOMIMM U
rpoMo3a-KuM. TeM He MeHee, 3TO HEOOXOOUMO JUIS OCYIIECTBICHHS PETYJISIIUN TeHHOM
SKCHPECCUM € TOYKH 3PEHHUS MaKCHUMAJIbHOM 3KOHOMHYHOCTU TmpoueccoB. [Ipum u3MeHeHun
YCIIOBHIA, KaK MPaBHJIO, aKTUBUPYIOTCS U PEIPECCHPYIOTCS MHOXKECTBEHHbIE TeHbl. O0ecTieunTh
MOMEHTAIBHYI0 MOJIYJIALIUIO CPa3y BCEX HEOOXOIUMBIX T€HOB JOCTATOYHO CIOXKHO, TaK KaK s
3TOr0 HY>KHO OO0JIbILIOE KOJUYECTBO TPAHCKPUIILIMOHHBIX (DAKTOPOB U KOMIIOHEHTOB CUTHAJIbHBIX
CUCTEM, aKTUBUPYIOIIUX 3TH (pakTopsl. [Ipuyem cuHTE3 U TeX, U APYTHUX MOJEKYJ HEOOXOAMMO
MOJJIEPKUBAaTh Ha OIPEACIICHHOM YpPOBHE B HEMHAYKTHBHBIX YycnoBusix. [lognepikaHune B
pabodyeM COCTOSHUM MHOTOUYUCICHHBIX CHUTHAJIBHBIX CHCTEM, OOECHEUMBAIOIIUX TMPIMYIO
aKTHUBALIMIO OOJIBIIOrO KOJIMYECTBA T€HOB, HEBBITOJIHO JUIsl KieTKH. CucTeMa peryJisiluu MyTeM
MOCNeI0BAaTENbHON AKTHUBALIMM CHHTE3a HECKOJIBKHX TPAHCKPUIILMOHHBIX (PAKTOPOB Tpedyer
MUHUMAJIbHBIX 3aTpaT Ha MOCTOSIHHOE MOJJEPYKaHUE CPAaBHUTEIBHO HEOOJBIIOrO KOJIMYECTBA
CUTHaNbHBIX cucteM. Kpome Toro, cuHTe3 mpanc-GakTopoB B pe3ylbTaTe aKTHUBALUU
KACKaJHBIX MEXaHM3MOB OKA3bIBACT YCHJIMBAKOIIMN d(PPeKT. AKTUBANMS IKCIPECCHH OJHOTO
reéHa, KaK MpaBWIO, MPUBOAUT K HEOJHOKPATHOM TPAHCKPUIILIUM, TNPUYEM KaxKIblid
00pa30BaHHBI TPAHCKPUIIT MOCJE CIUIAMCHHIA MOXET CIYKUTh MaTpUlleld Ui CHHTE3a He
OJIHOI MoIleKysbl OenKa, a HeCKOJIbKUX WM Ja)Ke HECKOJBKUX IEeCSITKOB. Pe3koe MOBHINICHHE
KOJINYECTBA PETrYJIATOPHBIX OCIIKOB OKa3bIBACT 3HAUYUTENbHBIN 3(p(PeKT Ha nanbpHEHTEe COOBITHS.
Takum o00pa3oM, KackKagHash cHCTeMa Pperyjslud, BKJIKYAIOIIAA M0CJe10BATEIbHYI0
AKTHBALMI0 JKCIPECCMHM TEHOB, KOAMPYIOIIUX TPAHCKPUIIHOHHbIC (PAKTOPbI, AaeT
He0OJIBIIYI0 32JePsKKY BO BPEMEHH, OJHAKO SIBJSIETCH JKOHOMHMYHOH H CHOCOOCTBYeT
YCWJICHHMIO CUTHAJIA.

PEUENMUUA CUTHANA

KackaznHblii MEXaHU3M HAYMHAETCS C aKTUBALMU PELENTOpa, BOCIPUHUMAIOIIETO CUTHAIL.
CuraazaoM MOTYT OBITh Pa3HbIE CTUMYJIBI: XUMHYECKHE BEIECTBA, CBET, TeMIepaTypa. B mobom



cilydae CIEIUATM3UPOBAHHBIN PEIenTop IOJDKEH 00JagaTh CHOCOOHOCTBIO HM3MEHSATH CBOU
CBOWCTBA (TO €CTh MEPEXOJUTh B aKTUBHOE COCTOSIHUE WIJIH, HA00OPOT, MHAKTUBUPOBATHCS) MO
BJIMAHUCM BOCHIPUHUMACMOI'0 CTUMYJIa U I€pE€AaBaTb CUTrHaJl Ha CJ'ICZIYIOHH/Iﬁ KOMITOHCHT LCIIN.

JIroGast kieTka, B 3aBUCUMOCTH OT €€ CICIHAIU3alUN, COJEPKUT OTPaHUYCHHBIA HaOOP
penienTopoB. He kaxias kiieTka CiocoOHa OTBEYATh Ha CIICIH(PHUSCKUE CUTHAIBL.

B >kuBOM Mupe cymiecTByeT OCCKOHEYHOE pa3sHOOOpa3ue BO3MOXKHBIX Tap JIMTaH]I—
peUenTop. Bricokas creneHb CHGIH/I(bI/I‘-IHOCTI/I nux BSaHMOﬂeﬁCTBHH JOCTUracTCsa 6ﬂaroz[ap;[
(OPMHPOBAHUIO CBS3BIBAIOIICH MOBEPXHOCTH PEIIETITOPA, KOMIUIEMEHTAPHOH CIICIU(PHUUECKOMY
aUraHay. JTo obecrednBacT 0O0pa3oBaHUE ONTUMAIBHOTO KOJMYECTBA CIAOBIX CBSI3CH MEKIY
HUMH.

OBIIASA XAPAKTEPUCTHUKA JIMT'AH/I-CBA3BIBAIOIIINX
PEHEIITOPOB

Cy1iecTByeT OrpOMHOE KOJIMYECTBO KIJIETOUHBIX PELENTOPOB, KOTOPbIE CHEIU(PUUECKH
CBS3BIBAIOT XUMHYECKHE BEIECTBA (JUTAHIbI) OMPEACNIEHHOr0 TuMa. TakUMHU BeEIIeCTBAMU
MOTYT OBITh TOPMOHBI, JApPYrHe OWOJIOTMYECKHM AaKTUBHBIE BEUIECTBA C TOPMOHOIIOIOOHBIM
NEICTBUEM, SIHMCUTOPHI, Tpouueckre BemiecTBa (caxapa, aMUHOKHUCIIOTBI), HOHBI (HampuMmep,
HUTPAThl) U Jp. DKCTPAKJIETOUHBIE JIUTAH/bI, KOTOpblE CHEIU(PUUYECKH B3aUMOACHUCTBYIOT C
perenTopaMu, Ha3bIBalOT NEPBUYHBIMH MeCCEHIKEePAMH.

[lepBu4HbBIE MECCEHIKEPHl TOPMOHAIBHOMW MPHUPOJABI TPUCYTCTBYIOT B OYEHb HU3KUX
KOHIICHTPALUSX, TO3TOMY PEIeNTOPBI JOKHBI 0071a/1aTh BBICOKOH adypMHHOCTBIO (CPOJICTBOM) K
HUM. Yem BblllIe KOHCTaHTa CBSI3bIBAHUS, TEM MPOAOIDKUTEIbHEE BPEMS CYIIECTBOBAHUS
KOMILJIEKCa pelenTop—Iurana. Bmecre ¢ Tem, B pse cllydyaeB B3aUMOJICHCTBUE peLENTopa U
JIMTaH/1a HOCUT KPAaTKOBPEMEHHBIN XapaKkTep — 10 HECKOJIBKUX MUTUCEKYH. Kak npaBuio, 3To
JOCTAaTOYHO JUTSI JOCTHKEHUS] MAaKCUMaIbHOM pEakIMy B OTBET HAa CTUMYI, BCIeACTBHUE dPdeKTa
YCUJIEHHUS KacKagHOro MexanusMma. C apyroil CTOpOHBI, U3MEHEHHE YCIOBUN MOYKET NMPHUBECTH K
HEOOXOIMMOCTH OBICTPOTO MpPEKpallleHUs] CTUMYJISIIUK pelenTopa JUraHaoM, a 3TOro Jerde
JNOCTUYb TPU CPaBHUTENBHO HU3KON adduuHOCTH. [To 3TON mMpHUYMHE KOHCTAHTA CBS3BIBAHUS
OOJIBIIMHCTBA PELIENTOPOB C JIMTaHAAMHU Yallle UMEeT MPOMEKYTOUHbIE 3HAUEHUSI U OLIEHUBACTCS B
cpenreM 10°—107 M, HO y pasITMUHBIX PELENTOPOB MOKET BAPHUPOBATH B 3HAUMTEIIHHBIX
npezenax.

OnuH U TOT ke JIMTaH]l MOXKET CBSI3BIBATHCS PA3NMYHBIMU THUIAMH CIICIUATH3UPOBAHHBIX
peLenTopoB, KOTOphIe 00JaAar0T pa3HbIM CpPOJCTBOM K juraHay. Hampumep, y pacTeHwHit
00Hapy’KEHO MHOXECTBO 3TUJICHOBBIX PELENITOPOB (TUCTUINHOBBIX KHHA3), KOTOPBIE CBS3BIBAIOT
STWIEH B JMana3oHe KoHueHTpamuid 0,1 x 10°M — 5x10° M. Ilo cremnenu CpOJICTBa C
STHJICHOM HX Pa3AeNsioT Ha JaBe rpynmbl. [lepuoa momypacnana komriekca BbicokoadGUHHBIX
ATHJICHOBBIX PEIETITOPOB C JIMTAHJIOM in Vitro gJocTuraer 6 4yacoB u 0oJiee, TOr/aa Kak Uit BTOPOU
rpynmnbl, HU3KoaGUHHBIX PElenTopoB, 3Ta BenuyrHa He npesbimaeTt 30 MunyT. [lo-Buanmomy,
HAJIMYUE PEIENTOPOB C PATHIHOW apPUHHOCTHIO K JIMTAHIy HEOOXOIUMO JUISl TOTO, YTOOBI
OTNIUYATh KOHILIEHTPALIUHM, B KOTOPHIX TMPHUCYTCTBYeT JIMTaHI B TKaHH. OTO HMeEeT
IPUHLUIINAATIBHOE 3HAUYEHUE B PETYJIATOPHOM OTHOILIEHUH, TIOCKOJIBKY Pa3HbI€ THIIbI PELIEITOPOB
(B OTBET HA pa3NMYHbIE KOHIEHTPALUU JUTaga) MOTYT CTHUMYJIUPOBAaTh HEOJIHO3HAUHBIE
CUTHaJbHblE MeXaHu3Mbl. Kpome TOro, BaXXKHBIM MOXET OBITh MPOJIOJKUTEIBHOCTD
noJJiep)KaHusl CUrHajga. Hampumep, B CTpPECCOBBIX YCIOBUSIX BO3ACWCTBHE JTHIIEHA Ha
pelenTopsl aKTyajdbHO TOJIBKO JIMIIb MPH BIMSHAW HEONAronmpusTHOrO (akropa, TO €CTh 3Ta
peakiusi oopaTuMa MpH U3MEHEHUH YCIOBHil. B To ke Bpemsi, mpoIecchl coO3peBaHUsl COUHBIX
IUTOJIOB WJIM CTApEHHs OPTaHOB MPEICTABISIOT COOOM CBOETO pojia BEKTOPHBIE MEXaHU3MBI,
KOTOpBbIE MOXXHO YCKOPUTH WM 3aMEUINTh, HO HEBO3MOXHO OTMEHHUTh. XOTS IaHHBIX 00
adOUHHOCTH PENEeNnTOPOB STHIIEHA, YYAaCTBYIOIIMX B ONMHCAHHBIX MEXaHH3Max, HET, MOXHO
MPEINONOKUTh, YTO IS OOpPAaTUMBIX MPOLIECCOB HCIONB3YIOTCS PEHENTOPhl C MEHBIIUM



CPOJICTBOM, T10 CPaBHEHUIO C TIpolieccaMu HeoOpaTuMbIMU. KOCBEHHO 3TO MOATBEPKIACTCS TEM,
YTO B IOBEHWJIBHBIX M 3pENbIX TKaHSAX PpACTCHHH TMOANEPKUBACTCS OKCIpPEecCHs TEHOB,
KOJAHMPYIOIIUX Pa3InIHbIC HAOOPHI ATUIICHOBBIX PEICTITOPOB.

Ha nmnazmatudeckoid memOpaHe WM BHYTPU KIETKH HAXOIUTCS OTPOMHOE KOJIUYECTBO
pPa3IUYHBIX PEHenTOpoB. PernenTopsl ompeneneHHOro TUMa MOTYT MPHUCYTCTBOBATH B Pa3HOM
KOMUITHOCTH, MPUYEM B HEKOTOPBIX CIy4asX UX KOJIUYECTBO MOKET JOCTUTATh HECKOJIBKO THICSY
B pacueTe Ha OJHYy KJIETKy. Tak, Ha Tuta3MaTU4ecKod MeMOpaHe TUIMUYHOU >KMBOTHOW KJIETKH
HacuuThiBaeTcss 10 000 —20 000 peuentopoB oaHoro tuma. llpuuem npnsg crumynsuuu
CHEIM(PUICCKOTO OTBETa HET HEOOXOJIUMOCTH CBS3BIBATH BCE PEIICTITOPHI, MMOCKOJIBKY BHEIITHUAN
CUTHAJ BHYTPH KJIETKM MHOTOKPAaTHO YCWJIHMBAeTCs. B HEKOTOPBIX ciyuasx 3aJelCTBYETCS He
6omnee 2 % TopMOH-CHICIH(PUUSCKUX PerenTopoB. Takast OONbIIas KOHIICHTPAIUS PEICITOPOB,
BEPOSATHO, HEOOXO0IMMa JJIsl OTBETa HA HU3KKUE KOHIICHTPAIUH JINTaH/Ia.

JIOKAJIM3ALIUA PELHEIITOPOB

Krnerounsle penentopel MOTYT pacloyiaraThCsi B Pa3UYHBIX YacTAX KIETKH. B
3aBUCUMOCTH OT HX pACMOJOXKEHUs, pa3inyaioT BHEIIHHEe ¥ BHYTPEHHHEe pEIENTOPHI.
BremHue perienTopsl JOKaIU3YIOTCS B IUIa3MaTH4eckoi MeMOpaHe, a BHYTpEHHUE — BHYTpPU
KJIETKH. BHEImHue penenTopsl SBISIOTCS MPEUMYIIECTBEHHO TPAHCMEMOpaHHBIMU OEIKaMu, Y
KOTOPBIX JIMTaH/-CBS3BIBAIOIINE JOMEHBI PACIOJIOKEHBI Ha AKCTPAKICTOYHOW MOBEPXHOCTHU
I1a3MajleMMbl, a PETYJIATOPHbIE — C LUTOIUIa3MaTHYECKOW CTOPOHBI. B HEKOTOpBIX Cilydasix
BHEIITHUE PELENTOpPhl HE MEepPeceKaroT MeMOpaHy M MPEACTABISIIOT CO0O0M MOBEPXHOCTHBIC
O€NIKM, pPAclOJOKEHHbIE Ha BHEIIHEH MOBEPXHOCTH IUIa3MajleMMbl (HampuMep, peuenTop
aykcuHa ABP1). BayTpeHHue pernentopsl MOTyT OBITH CBSI3aHBI C JHAOMEMOpaHAMHU WU
HAXOJUThCS B PACTBOPUMOM COCTOSIHHUH.

PacrionoskeHue penentopoB, Kak MPaBHIIO, OMpENesieTcs MPUPOJON JTUTraHaa, KOTOPBIN
OHM BOCIIPMHUMAIOT B KaUe€CTBE CUrHana. JIunopacTBOpuMBIE JIMTaH bl JIETKO TPOHUKAIOT Yepe3
I1a3MalieMMy BHYTPb KJIETKH MyTeM OO0bIdHOU nuddy3un cKkBO3b OMIUIHIHBIN CIION WK Yepes3
CHELMATU3UPOBAHHBIE TIEPEHOCYUKH MOCPEICTBOM 00IeueHHON muddy3un. Takue curHaibHbIe
MOJIEKYJIbl MOTYT CBSI3bIBAThCS M C BHEUIHUMH, U C BHYTPEHHUMHU PELIEITOpaMU. BoIbIIMHCTBO
CTEPOUJIHBIX TOPMOHOB >KMBOTHBIX W PACTEHHM JIETKO MPOHHUKAIOT B KIIETKY BCIEACTBUE
IUNO(UIBHBIX CBOWCTB M CBSI3BIBAIOTCS C PELIEITOPAMU, JIOKATU3YIOMIUMHUCS B IIUTOILIa3Me, Ha
SHJIOMEMOpaHax, WIM Jaxe B Hykieoruiazme. OIHAKO peLenTopbl PAacTHUTEIBHOIO TOPMOHA
STHJICHA, UIEHTU(UIIMPOBAHHBIE IO HACTOSILIETO BPEMEHH, PAcIojaraloTcs UCKIIOYUTEILHO Ha
IIa3MaTHYeCKON MeMOpaHe, XOTs STHWICH JOCTATOYHO JIeTKO AUPPYHIUPYET Yepe3 MeMOpaHy.

JBa npyrux pacturenbHbix TopmoHa, UYK u ABK, sBnstorcs cnaObiMu KHCIOTamH,
BCJIEICTBUE YETO0 HMEIOT IEPEXOJHBbIE CBOICTBA pPAaCTBOPUMOCTU. B KHCHBIX YCIOBHSAX HX
MOJIEKYJIbl IPOTOHUPYIOTCS U MPHOOPETAIOT 3JIEKTPOHEHTpanIbHOE COCTOSHHE, MPU KOTOPOM
JaHHBIEC BEIIECTBA XOPOIIO PACTBOPSIIOTCS B JUMUAHON (a3e W MOITOMY JIETKO MPUHUKAIOT B
kJeTKy. OJIHaKO B HIEJIOYHBIX YCIOBUSAX 3TU FOPMOHBI TEPSIOT MPOTOH U MEPEXOAT B MOHHOE
coctosaue (MYK, ABK'), kortopoe obecrneunBaeT UM TuApO(UIbHBIE CBOWCTBA.
MexXKkeTouHoe MPOCTPAHCTBO Y PACTCHHMM (amorwiacT) MMeeT HHU3KHe 3HadeHuss pH, dto
HKBHUBAJICHTHO KHUCIION Cpelie, B KOTOPOH ciiadble KUCIOTHI HE 3apspkeHbl. [loatomy muddysus
NYK u ABK uepes mmazmaruueckyro MeMmOpaHy W3 aroruiacTa BHYTPh KJICTKH HPOUCXOJUT
nerko. OOpaTHBIN BBIXOJ TOPMOHOB M3 KIIETKU 3aTPYAHEH U TPEeOyeT 3aTpaThl JOMOIHUTEIHHON
sHepruu. Takum 00pa3oMm, CIaOOKHCIOTHBIE CBOWCTBAa JAaHHBIX TOPMOHOB, a TakKke
pacrpeelieHde  3apsiia  OTHOCUTENBHO  IJIa3MaJIeMMbl  IO3BOJISIIOT  BHYTPUKIIETOUHYIO
nokanuzanuio perientopoB YK u ABK. Pernentopbl 060uX 3THX TOPMOHOB OOHAPYKHBAIOTCS
Ha BHEIIHEH U BHYTPEHHUX MEMOpaHax.

MHormue ropMOHbI COBCEM HE MPOHHUKAIOT B KJIETKY, WM 3TOT MPOIIECC OCYIIECTBISETCS C
TpynoMm. [IpensTcTByer 3TOMYy MOJISIPHOCTH MOJIEKYJBI (B TOM 4YHCIIE HAJIWYUE 3apsAfa) WU



Oonbiine pasmepsl. Hamprmep, ropMOH JKMBOTHBIX aJIpeHAIMH, a TaKXKe IPYIIa PacTUTENIbHBIX
TOPMOHOB LIMTOKWHUHOB NPEJICTABISIOT COOON He3apsKEeHHbIE MOJIEKYJIbl, 00J1a1aloye, TeEM He
MEHEE, BBIPAKECHHOW MOJSIPHOCTBIO. X penenTopel pacnojlararoTcsi Ha IUIa3MaTUYECKOU
MeMmOpaHe.

[IpumepoM TOPMOHOB C OOJBIION MOJEKYJISPHOH MacCOd SIBISIFOTCS IOJIMIENITUAHbBIE
ropmoHsl. Bce oOHHM, BKIIOYas JaXe OTHOCUTEIIBHO HU3KOMOJIEKYJISIDHBIE, TakuWe Kak
CPaBHUTEIFHO HENAaBHO OTKPHITBIE pPACTUTEIbHBIE TOPMOHBI (HUTOCYNB(GOKUHBI (TpyTa
CyJb(paTUPOBaHHBIX 110 TUPO3UHY TE€TPa- U MEHTANENTUAOB), CBSI3BIBAIOTCS CO CelM(PUIECKUMHU
peuenTopaMy Ha BHEIIHEN MOBEPXHOCTH IIa3MaJIEMMBI.

CTPYKTYPHO-®YHKIIMOHAJIBHBIE OCOBEHHOCTH
PEIEIITOPOB

CymecTtByeT OONbIIOE KOJUYECTBO PA3HOOOPA3HBIX KIETOYHBIX XEMOPELENTOPOB.
[IpudeM OHM pa3TUYAOTCS HE TOJBKO MO CIENU(DHUIHOCTH B OTHONICHHHM K CBSI3BIBAEMOMY
qurainy. Bee cymiecTByronuye peuenTopbl MOKHO Pa3AeiUTh Ha TPYIIbl, OTIMYAIOLIUEC APYT
OT Jpyra MLEeJbIM CIHEKTPOM CTPYKTYpHO-(PYHKIIMOHAIBHBIX OCOOCHHOCTEH, Cpear KOTOPBIX
MOKHO BBIICTUTh CYOBEAMHUYHYI0 U JOMEHHYIO CTPYKTYpY, MEXaHHU3Mbl aKTHUBAIUU U
Iepeadn CUrHaa.

CYBBEAMHUYHAA U IOMEHHA CTPYKTYPA

Peuentopel MOryT OBITP MOHOMEPHBIMM MOJIEKYJIaMH M COCTOATH M3 HECKOJBKHUX
cyOvenunui. B psge ciydae cyObeAMHUYHBIA COCTaB MOJIEKYJBI PELETITOPOB HU3MEHSETCS B
Ipollecce aKTUBALMM. Tak, penenTopHble KWHA3bl B HEAKTUBHOM COCTOSIHUHU, KaK IPaBUIIO,
HaxoJATCS B MOHOMEPHOM COCTOSIHUHU, HO MPU aKTUBALUU JUMEPUIYIOTCS.

Cpenu OCHOBHBIX CTPYKTYpPHBIX MOJYJIEH CIEeNyeT BBIACIUTh TPU JOMEHA!

— peyenmopHulil — 00€CTIeYNBAET CBI3bIBAHHE JTUTAH/IA;

— pe2ynAmopHulii — HEOOXOAUM JI B3aUMOJICHCTBUSL C CUTHAJIBHBIMU NapTHEpaMmH,
yepe3 Hero OCYIIECTBIIAETCS Mepeaya CUrHana;

— OoMeH oKanu3ayuy — y4acTOK, ONPEAeIIOINH JOKaIU3alUI0 PELENTopA.

OcranbHble  (QYHKIMOHANbHBIE JIOMEHBI XapaKTEepHBl JJIs  ONPEAENEHHBIX TPYIII
pEeLenTopoB.

Hanpumep, perentopsl MOTYT UMETh YYaCTKU PETYJISIUN COOCTBEHHON aKTUBHOCTU. DTHU
YUaCTKH WIIM COJIEpXKAT CaWTBhl IMOCTTPAHCIALMOHHOW MOAM(DHUKANINK WM CIyXar Ui
CBSA3BIBAHUS C  QUIOCTEPUYECKHMMH  PEryjsiTopaMH  pa3Hoil  mpuponsl  (O6emkamu,
HU3KOMOJIEKYJISIPHBIMH BEILIECTBAMU, HOHaMH). B 3aBUCMMOCTH OT cTaryca KJIETKU, aKTUBHOCTh
perienTopa Yepe3 [aHHbIE YYAaCTKH MOXKET YCHUJIMBATBCS, OCIAONATHCS WM TOJTHOCTHIO
UHTUOMPOBATHCS.

s peuentopHbBIX KMHA3 XapaKTEPHO HAIUYUE KUHA3HO20 JIOMEHA, KOTOPBIA BKIKOYAET
PEaKIMOHHBIA IIEHTP, a TaKK€ MHOXXECTBEHHBIE cailThl aBTO(dochopunmpoBanus. I[Ipormecc
aBToQochopunupoBanus SBISIETCI HEOOXOAWMOI YacThl0 MEXaHM3Ma AaKTHBAI[MM 3TOTO THUIIA
pEeLEenTOpOB.

MEXAHUW3MbI AKTUBAIIMHN N [TIEPEJTAY CUT'HAJIA

Cesi3pIBaHME CHENM(PUYIECKOTO JIMTaHJa MPOBOIMPYET HM3MEHEHHE KOH(pOopMaiuu
MOJIEKYJIbl pelienTopa J00ro TUIa, OJHAKO JalbHEHIIWe COObITHUS aKTHBALMHU U Iepeladyu
CUTHAQJIA OTJIMYAIOTCS Y Pa3HbIX IPYIII PELENTOPOB.



Ilepenaya curHajga or penenrtopa Ha JayHCTPUM  CUTHAJIBHBIA  IIOCPEIHUK
OCYILECTBIIIETCS IBYMsI clloco0amu:

1) npu B3aUMOJIEHCTBUMU C MOCPETHUKOM YEPE3 CBA3BIBAIIIYI0 NMOBEPXHOCTDH, KOTOpast
dopmupyeTcs B pe3ysibTaTe peLenimu;

2) §pu U3MEHEHHWU KOHILIEHTPAlMM HOHOB, BBINOJHSIONIMX pPOJb  BTOPUYHBIX
MECCEH/)KEPOB (TOJIBKO B Cllyyae pelenTopoB-KaHaI0(OpMEPOB, KOTOpbIE COBMEIIAIOT
(YHKIUIO PELIEITOPOB U MIOHHBIX KAHAJIOB).

Mexanu3msl GopMHPOBaHMS CBA3BIBAIOLIEH TOBEPXHOCTH.

1) IlepBriif MEXaHU3M CBSI3aH TOJIBKO JIMIIIb C U3MEHEHUEeM KoH(opManuu penentopa.
N3meHeHne koH(OpMaIMKM MOJIEKYJIbl PELeNTopa B Pe3yIbTaTe CBA3bIBAHMS JMTaHJa IPUBOIUT
K (OpPMUPOBAHUIO CBSI3bIBAIOIIEH IOBEPXHOCTH, HEOOXOIMMOWN Ui B3aUMOJIECHCTBUS C
JAYHCTPUM CUTHAJIBHBIM ITAPTHEPOM.

2) Bo BTOpOM MexaHHW3ME H3MEHEHHE KOH(OpMAIMH pPEUenTopa HEAOCTATOYHO JUIS
aKTUBAallUM, HO HEOOXOIUMO I CTUMYJSLMM €ro KOBAJEHTHOH Moaudukanum. OTOT
MEXaHM3M XapaKTepeH IJs PeleNnTOpHbIX KuHa3. OH CBOAMTCS K TOMY, YTO B pe3yibTare
peLeniuy 1 U3MEeHEeHUs] KOH(QOpMaIK y peLenTOPOB MOBBIIIAETCSI CPOJCTBO APYT K APYTY, OHU
00pa3yloT TOMOAMMEpHbIE KOHCTPYKIIMM W B3auMHO ¢ochopmiupyor Apyr japyra.
docdopuupoBaHre IPUBOAUT K (GOPMHUPOBAHUIO CBSA3BIBAIOIIEH TOBEPXHOCTH.

3) Tpermit mexanm3sm — (ocdopeneiiHblii — (QyHKIMOHUPYET B JBYXKOMIOHEHTHBIX
CUTHIbHBIX ~ cucTtemax.  ®docdopHas  rpymnma, NpUCOEAMHEHHass B pe3yJbTare
aBTO(OCHOPHUIMPOBAHUS IEPEHOCUTCS HA TAYHCTPUM MOCPETHHK.

4) UYerBepThlli MeXaHHM3M MpeEACTaBIsAEeT COOOH BBICBOOOXKIEHHME penenTopa u3
CBfI3AHHOI0 COCTOSIHMSI. Takue penenTopsl B HEAKTHBHOM COCTOSIHUM CBSI3aHBI C O€IKOM
(0OBIYHO MIALIEPOHOM), 3aKPBIBAIOLIMM JOCTYI K CBs3bIBaloIled MoBEepXHOCTU. B pesyibrare
peueniuy HEaKTUBHBIA KOMIUIEKC pacmajaercs, W pelentop HNpuoOpeTaeT BO3MOXKHOCTD
nepeaaBath CUrHaj. HacTo BBICBOOOXIEHHE pELENnTOpa MPUBOIUT TaKKe K M3MEHEHHUIO €ro
JOKanu3auuy. JlJaHHBIM MEXaHU3M OIMCAH JJIs CTEPOUIHBIX TOPMOHOB KUBOTHBIX.

OYHKINOHAJIbHAA AKTUBHOCTD

ITo sToMy mpu3HAKYy BCE PELENTOPbl MOXKHO Pa3/IEUTh Ha JIBE KATETOPUU: KIACCUYECKUE
U PELENTOPHI C ABOMHOMN (PYHKITHEH.

Knaccuyeckue penentopsl HE BHIONHAIOT HUKAKHEe WHBIX (PYHKIUH KpoMe COOCTBEHHO
peLenuy 1 Iepeady CUrHania.

PenenTopsl ¢ ABOIHOW (yHKUIMel TOMHUMO PEUENIUH BBHIIOIHIIOT HHBIC (DYHKITUH.
Beime yxe ynmoMHHaIMCh peLenTopbl-KaHado(opMepbl — TpaHCMEMOpaHHbIE OEIKOBbIE
KOMILJIEKCBI, KOTOPBIE COBMELIAIOT (DYHKIMIO PELENTOPOB M HMOHHBIX KaHaioB. CyIIeCTBYIOT
TaKk)kKe BHYTPHUKJIETOYHBIC PEIENTOPHI C JABOWHONW (yHKuuen. Hampumep, perentop aykcuHa
TIR1 siBsieTcst yacTbio yOMKBUTUHHpYIOWIEH npoTenHoBoi mrassl. TIR1 — 3to F-box 6enok,
(GyHKIMEH KOTOPOTro SIBISIETCS BHIOOP M CBSI3BIBAHHME CyOCTpara JUisi YOMKBUTHHHUPOBAHUSI.
Penienirop TIR1 mpuoOperaeT cpoacTBO K OeNKy-cyOCTpaTy TOJBKO B PE3yJbTaTe PELENIUH
ayKCHHa.

BHEIIHUE PEIEIITOPBI

CymectByeT  0O0JbIIOE  KOJIMYECTBO  PAa3HOOOpPA3HBIX  KJIETOYHBIX  PELENTOPOB,
00Jaamux pa3IndyHbIMA CBOHCTBAMU — CIIOCOOOM BOCTIPUSTHS M MEXaHH3MOM Tepeaadu
curnana. Haubonee TunuyHbie u3 HUX OyIyT paCCMOTPEHBI.



PELIEIITOP-IIOJJOEHBIE KNHA3bI

Penientop-noo0Hple  KMHA3bl TMPEACTABICHB MHOTOYMCICHHBIMU  pELENTOpaMu B
pPaCTUTENBHBIX OpraHu3Max. K TakoMy THITy OTHOCSITCSI pelenTopbl OPaCCHHOCTEPOHUIOB U BCE
UACHTU(DUIIMPOBAHHBIE 10 HBIHEIIHETO BPEMEHH PElENTOPhI MENTHIHBIX TOPMOHOB.

Penientop-nojo0HbIe  KWHA3BI JIOKAIM3YIOTCS Ha IDIa3MaTU4eckold wmemoOpaHe. OHuU
SBIISIOTCS MOHOMEPHBIMH HHTETPAIbHBIMH O€lKaMH, MepeceKalonuMu MeMOpaHy OJUH pas.
Moutekyna penenTop-moJoOHBIX KHHA3 COCTOWT M3 TPEX OCHOBHBIX CTPYKTYPHBIX 3JICMCHTOB
(cmaiig 19, mpeseHTanus).

1) DkcTpakiieTouHblii (penenTopHbIii) M0MeH Qopmupyercss N-TepMHHAIBHBIM PaliOHOM
MoJieKyJibl. COrJIacCHO CTPOCHHMIO 3TOTO JOMEHa pPAa3INyYar0oT YEeThIPE OCHOBHBIX TPYIIIbI
peuentop-nmoaoOHbe kuHa3: LRR-rpymnma (srelinmH-o0oramennpie TOBTOpsl — leucine riched
repeat); S-IOMEH TPYIINa; TeKTUH-10100HbIH 1oMeH; EGF.

2) TpancMeMOpaHHBI JOMEH IIPEACTABIECH O-CIUPATBHBIM YYaCTKOM, KOTOPBIN POHU3BIBAET
MeMOpaHy TOJBKO OJIMH pa3 U COEAMHSAET BHEIIHUN U BHYTPUKIETOYHBIA (parMeHTHI
pELEenTOPHON MOJIEKYJIbI.

3) HuronnasMaTuyecKkuil T0MeH — BHYTPUKIETOYHAs 4YacTh pelentopa, chopMuUpOBaHHAs
C-TepMUHAIBbHBIM ~ YYaCTKOM. Y4YacTByeT B  IIpoIlleccax akTUBalMW. Bxirowaer
PeryasiTOpHbIil (WM KWHA3HBIN) (parMeHT, KOTOPBIA COAEPKUT KATaJTUTHUYECKUU LEHTP U
MHOKECTBEHHBIC YUaCTKH aBTo(ochopuanpoBanHms.

Mexanu3sm nepesayum curHajna. Bocnpustue curHana  (CBA3bIBaHHE aroHMCTA)
OCYILECTBIISICTCS] AKCTPAKIETOUYHBIM JOMEHOM perientopa. CBsA3bIBaHHE JTUTAHAA CIIOCOOCTBYET
U3MEHEHHI0 KOH(OpMaluy peLenTopHOil oO0NacTH MOJEKYJbl, HO MaJl0 OTpa)kaeTrcs Ha
CTPYKTYpE IIMTOIJIa3MaTHYECKOTO IoMeHa. BMmecTe ¢ Tem, M3MeHeHne KOH(POpPMAallui BHEUTHETO
JIOMEHa CIIOCOOCTBYET MOBBILIEHUIO CPOACTBA PELIENTOPHBIX MOJIEKYJI APYT K Apyry. [Tockonbky
MOJIEKYJIbl PEIETITOP-TI0A00HBIX KMHA3 MOTYT JIaTepaibHO JUPPYHAUPOBATE 110 MeMOpaHe, OHU
JIOCTAaTOYHO OBICTPO U JIETKO 00pa3yroT IMMEPHbIE KOMILIEKCHI (penentop—pernentop) (cmaiia 20,
npe3eHTalrs). B HeKOTOPBIX caydasx Mpu aKTHBALWU PELUENTOPHBIX KHHA3 00pa3yoTCs TUMEphI
peuentopa ¢ KopeuentopoMm. Kopenenrop penentop-nogoOHbIX KHHAa3 — 3TO MOJIEKYJIa,
KOTOpasi OTJIMYAETCs OT peLenTopa TOJBKO CTPYKTYypoil BHemHero noMmeHa. Kopenenrop He
UMEET JIMTaH/-CBA3bIBAIOIIEr0 y4acTKa, HO MOXKET 00pa30BbIBAaTh I'€TEPOAUMEPHI C PELIEITOPOM
¥ y4acTBOBATh BO B3aMMHOM (POCHOPHINPOBAHHH.

3a cueT COMMKEHUS BYX PELENTOPOB aKTUBUPYIOTCS KUHA3HBIE LIEHTPBI, U PELIENTOPHbIE
MOJIEKYJIbl Ha4MHAIOT (ochopuiupoBaTh APYr Apyra MO OCTaTKaM CEPUHOB M TPEOHHHOB B
obnactu kuHa3HOTO 1eHTpa. Mcrounukom dochopusix rpynn Beictynaer ATP. B pesynbrare
dochopunupoBanus GopMUpyeTCsl CBSA3BIBAIOIIAs IOBEPXHOCTh, KOTOpas CIHYXHUT JJs
B3aUMO/JICHCTBHS C CUTHAJIbHBIMU O€JIKaMH — CIIEAYIOIIMMU KOMIIOHEHTAaMH CUTHAJIBHOM LieMH.

Takum 00pa3oM, TpaHCOYKIMS CUTHAJIA Yepe3 pelenTop-MoAoOHbIe KMHA3bl HE TpeOyer
IPOHUKHOBEHMS JIMTaHAa BHYTPb KJIETKH, @ MEXaHU3M Iepe/laul CUTHAIA MOKHO MIPEJICTABUTh B
TaKOM ITOCJIEI0BATEIbHOCTH:

1) cBsI3pIBaHUE JIMTAHIA C PELENTOPOM;

2) obpa3oBaHuE JUMEPOB PELECTITOPHBIX MOJICKYJT;

3) akTHBaNUs THPOSMHKHHA3HOTO IIEHTPA;

4) aBTodochopuIupoBaHNE OCTATKOB THPO3HUHA,

5) cBs3pIBaHuE ¢ OenkaMu, coaepxamumu SH2-1oMeHsl.



TTMCTUANHOBBIE KMHA3BI
N ABYXKOMIIOHEHTHBIE CUTHAJIBHBIE CUCTEMbBI

I'mcruaunoBbie kuHa3bl (His-KuHA3b1) SBISIOTCA €IIe OJHUM THIIOM PELENTOPOB, KOTOPHIE
aBTO(OCPOPHUINPYIOTCS TPU CBS3BIBAHWM JIUTAaHIA. JTH PEIENnTOphl IEepBOHAYAIBLHO OBUIH
oOHapyXeHbl y OakTepuii. B oTmMuMe OT KMBOTHBIX OPraHU3MOB, y OakTepuil mpeoOmamaeTr
dochopunrpoBaHre aMUHOKHCIOTHBIX OCTATKOB TUCTHIMHA W aCIaparuHOBOM KHCIOTHL Jlis
9YKapHOTUYECKUX KIETOK CYIIECTBOBAaHME T'MCTHIMHOBBIX KHHA3 OBUIO TOKa3aHO B Hayaye
1990-x TromoB mocne OTKpBITHS y pacteHusi Arabidopsis stunenoBoro penenrtopa ETR1 u
doropenientopa puToXpoma, a y Apoxken Saccharomyces cerevisiae — ocmoceHcopa SLNI.
I'McTuarHOBBIE KMHA3BI B N300MIMM BCTPEUAIOTCS Y PACTCHUN M OAKTEPHid, HO Y JKUBOTHBIX 10
HACTOSAIIEr0 BPEMEHHU HE OOHApY KEeHBI.

IIpokapuoTnueckne JBYXKOMIIOHEHTHBIE
CUTHAJBbHBIE CHCTEMBI

['McTUAMHOBBIE PELENTOPHBIE KUHA3BI Y OAKTEePH SIBISIFOTCS YaCThI0 OMKOMIOHEHTHBIX
CHTHAJILHBIX CHCTeM, KOTOpble (YHKIMOHUPYIOT Kak (ochopeneitnplii MexaHu3M (TepeHoc
¢dochopHO Trpynmbl), KOTOPHIH MHUIMHPYETCS B pe3ylbTare aBTOPOCHOpUINPOBAHUSL
penenTtopa B MOMEHT PeLeIIINH SKCTPAKIETOYHOTO CUTHaNA (cmaiabl 21-22, mpe3eHTanus).

JIByXKOMITIOHEHTHBIMH ~ (MJIK  OMKOMIIOHCHTHBIMH) JIJAHHBICE CHUTHAJIBHBIE CUCTEMBI
Ha3bIBAIOT MOTOMY, YTO B OaKTepUANbHBIX KJIETKaX OHHU MPEJCTABJICHbI JABYMS OCHOBHBIMU
KOMIIOHCHTaMH: THCTHAHHOBBIMH PelleNTOPHBLIMI KHMHA3aMM U peryasaTopamu orBeta (RR
— response regulator).

bakrepuanpapie His-KMHa3bI COCTOSIT U3 JIBYX CTPYKTYPHO-(DYH-KIIMOHATBHBIX yYaCTKOB.
Oto: 1) curHajJbHbId AoMeH (input aoMeH), (GOPMUPYIOUTUHCS BHENTHEKJIECTOYHBIM N-
KOHIICBBIM YYaCTKOM MOJIEKYJbI, PACIOJOKCHHBIM MEXKAY JBYMs TpaHCMEMOpaHHBIMU
JOMEHaMH, U 2) muToriazMarudeckuii C-TepMHUHAIBHBIA Nepeaalonuii 1oMeH (transmitter
JIOMEH), KOTOpBI O0JaJaeT CBOMCTBAMH THUCTUIMHOBOM KHHAa3bl M HMMeEET 00JacTh
bocdoprnpoBanus, CoepKallyi0 KOHCEPBATUBHBIA OCTaTOK TMCTUIMHA.

Perynaropel OoTBeTa COCTOSAT TakKe M3 JBYX OCHOBHBIX 4acteil. /loMeH moJsy4daresib
(receiver TOMEH) CONEP)KUT OCTATOK acHapardiHOBOW KHCIIOTHI, KOTOPBIA (hochopuaupyeTcst mpu
neperoce (ocdarHoil Tpynmbl oT transmitter nomena His-kuHazpl. PeryiasiTopHblii 10MeH
(output nmomen) mnpu aktuBanuu (pochopunupoBannn) RR  mpuobperaer cmocoOHOCTH
MOJTyJTUPOBATh AKTHBHOCTH CIICAYIOUINX KOMIIOHEHTOB CHTHAJIBHOU 1emnu. [IpuMepHo moioBHHA
BCEX PETyJIITOPOB OTBETA SBJSETCSA TPAHCKPUIIIMOHHBIMH (PaKTOPaMH, CIIOCOOHBIMU CBSI3bIBATHCS
C MPOMOTOPAaMH I'€HOB U PETYJIMPOBATh IKCHpeccuto reHoB. OctanbHble RR B3anMoneicTByIoT ¢
JIPYTUMHU PETyJIATOPHBIMU OenkamMu Wik ¢epMeHTaMu. COIVIaCHO BBIMOTHSAEMBIM (DYHKIUSM,
PETYJIATOPBI OTBETA JICNISATCS HA JBA TUIIA:

1) RR A-THna MOJIETUPYIOT aKTUBHOCTH (DYHKIIMOHAJBHBIX OEJIKOB;

2) RR B-Tuna peryiampyroT SKCIIPECCHIO TEHOB.

Receiver noMeHBI BceX pEryJsTOpOB OTBETa TOMOJOTHYHBI M PACHOJOKEHBl Ha
aMUHOTEPMHUHAIILHOM yYacTke Mojekyl. KapOokcuTepMuHambHbIe output TOMEHBI OTIHYAIOTCS
y RR pa3HbIx TUMOB. Y peryisTopoB oTBeTa B-THma B MOJIEKyJ€ MMEETCS TOMOJTHUTEIbHAS
oOmacth, oTBercTBeHHas 3a B3aumojeiictBue RR ¢ JIHK. AxrtuBupoBanneie RR B-tuma
CBSI3BIBAIOTCSI C IPOMOTOPHBIMU YYAaCTKaMU I'€HOB U PETYJIUPYIOT UX 3Kcnpeccuto. RR A-tuma
He umeror JIHK-cBsi3piBaromiedi 00JacTH M CHOCOOHBI HMCKIIOUHMTENIBHO K OEI0K-OCIKOBBIM
B3aUMO/JICHCTBHUSIM.

II[ByXKOMl’[OH(-)HTHI:Ie MHOromiarosbieé CUrHaJibHbI€ CHUCTEeMBbI

FI/ICTI/I)II/IHOBI)IC KHHAa3bI PaCTUTCIIBbHBIX OpraHnu3MOB BBITTIOJIHAIOT Pa3INIHBIC
PEeryJIsITOPHBIC (1)YHKI_[I/II/I, HO Hanbojiee H3BECTHBIMHM SBISIOTCS peueuTopbl ABYX TIJIaBHBIX



KJIACCOB PACTUTENIbHBIX TOPMOHOB — IIMTOKMHUHOB M 3TUJIEHA. PerentopHble THCTHAMHOBHIC
KHHAa3bl 3YKapuOT TOMOJIOTHYHBI OaKTepUaIbHbIM, HO HIMEIOT 00Jiee CI0KHOE CTpOeHHUE (Clanbl
21-22, npesentanus). Kpome input u transmitter 1OMEHOB, OHM HMMEIOT JOMOJHUTEIbHBIN
receiver JOMeH, aHaloruuHblii receiver aomeHy RR. Ilo 3Toil mpuumHe sykapuoTHUYecKue
TUCTUAMHOBBIC PELICTITOPHBIC KMHA3BI HA3BIBAIOT THOPUIHBIMH. B psifie ciiyyaeB pacTUTEIbHBIC
rubpuanbie His-kuHa3bl cofepaT naxe JBa Takux nomeHa. Ilepenoc docdarHoit rpymisbl,
CTUMYJIMPOBAHHBIN CBS3bIBAHUEM JIUTAH/A, OCYIIECTBIACTCS YAaCTUYHO BHYTPU MOJIEKYIIBI
perienTopa OT TUCTHIWHA transmitter TOMEeHa Ha acmapTaT receiver gomeHa. Ecnu B Mosekyne
peLeNnTOpHOW TUCTUAMHKHAHA3BI PACTEHUM CONEPXKHUTCS JBa receiver JOMEHa, TO B
docdopeneiiHom MexaHU3ME MPUHUMAET YYaCTHE TOJIBKO OJAWH U3 HHUX. Y CIOKHEHHE CTPOCHUS
TUCTUAMHOBBIX KMHA3 3YKAPHOT COMPSIKEHO € YCI0KHEHUEM OpTraHU3AIMH CUTHAIBHBIX CUCTEM.

Bce wu3BecTHblE TMCTUAMHOBBIE PELENTOPHBIE KWHA3bl MPUHLMIHAIBHO CXOJHBI MEXKIY
coboii. Bo-mepBbIX, JIHTraHI-CBI3BIBAIONINNA JOMEH (opMHUpyeTcsi N-KOHIIEBBIM yYacCTKOM
MOJIeKyJbl. BO-BTOpBIX, pelienTop UMEET HECKOJIBKO TpaHCMEMOpaHHBIX TOoMEHOB. Hampumep,
peuenTopsl IMUTOKMHUHOB, TOJ00HO OaKkTepuadbHBIM, BKJIIOYAIOT JBa TPAHCMEMOpPAHHBIX
JIOMEHa, a PeLEeNTophl 3TUJIeHa — TpU. B-TpeThux, Bce His-knMHa3pl UMEIOT transmitter 1oMeH,
crocoOHBI K aBTO(dochopriupoBanuio. OTIMYAIOTCS MEXAy Cco00H OakTepuaibHbIE U
TUOPUIHBIE 2YKAPUOTUYECKUE TUCTUANHOBBIE KUHA3BI HAJIMUKEeM transmitter JoMeHa.

NHTepecHO OTMETUTH, YTO Yy pACTEHUM, TaKk K€ Kak W y OakTepuil, PyHKIHOHUPYIOT
JIByXKOMITIOHEHTHbIE CHTHAJbHBIE CHUCTeMbl ¢ ydacthem His-kuHa3. OmHaKO Takue CHUCTEMBI
BKJIFOYAIOT JIOTIOJHUTEIBHBIM OEJNKOBBIA MOJYJib, KOTOPBIM COIEPKHUT OCTAaTOK THCTHIMHA,
CcrocoOHbIt K ¢docPopHIMpoBaHUI0. ITOT OCTAaTOK TUCTUAMHA HA3bIBAIOT BTOPUYHBIM
TUCTHIMHOM. BTOpW4YHBIM THCTHAWMH mnpuHUMaeT ¢ocdarHyr0o Tpynmy OT — OCTaTka
acmaparuiHOBOM KHUCIIOTBHI receiver JOMEHa THUOpPUIHOW THCTUIUHOBOW KHHA3bl, 3aTeM
MEPEHOCHUTCS] Ha OCTAaTOK aclapariHOBOW KHCIJIOTHI receiver JOMEHa peryisitopa oTBeTa (puc.
73-B). [TockonbKy JaHHBIA OETOK, COEpKAIINi BTOPUYHBIA TUCTUANH, OCYIIECTBISET MEPEHOC
docdarHOlt Tpymmbl, €ro Ha3bpIBAlOT THCTHAMHOBOH docdoTpancdepaszoii (HPt). B
JIBYXKOMITOHEHTHBIX CHCTEMax THUCTUAMHOBYIO docdoTpancdepasdy uacto HazpiBaioT HPt
JIOMEHOM.

HTak, 1ByXKOMIIOHEHTHBIE CUCTEMBI PACTEHUH MPECTaBICHbI TpeMs OeIKaMu:

1) rucTuauHOBasI TMOPUIHAS KUHA3A;

2) ructunuHoBas pocdotpancdepaza (HPt nomen);
3) peryusaTop oTBeTA.

®ocdarnas rpynmna nocie aBTopochoprIupoBaHHs pelenTopa MepeHOCUT s TPU pasa, a
HE OJINH, KaK y O6akTepuii. DakTHIECKH 3TO MHOTOKOMITIOHEHTHBIE CHCTEMBI, HO UX TPAAUIIMOHHO
HA3bIBAIOT JIBYXKOMIIOHEHTHBIMU BBHUIY OOIIETr0 MPHUHIMIIA OPTaHM3AMH W HATUYHUS JBYX
OCHOBHBIX KOMITOHEHTOB, TOMOJIOTUYHBIX OaKTepHaIbHBIM, — THCTHIAMHOBBIX KHHA3 U
peryisTopoB oTBeTa. Ecnu ObITh Oojiee TOYHBIM, TaKH€ CUTHAIBHBIE CHCTEMbI HA3BIBAIOT
JABYXKOMIIOHEHTHbIMM MHOIOIIATOBBIMM CHTHAJBHBIMH cHcTeMamu. [Ipumepom Takoit
CHUCTEMBI CIIY>)KUT TPAHCAYKIUS IIMTOKMHUHOBOIO CUTHasa y pacteHui. Ilepenaya curnana ot
peUenTOpHOM  TUCTUIAMHOBOM  KWHA3bl, BOCIPUHUMAIOMIEH  ATHIEH, OCYIIECTBIACTCS
MOCPEJICTBOM MHOT'O MEXaHU3Ma, KOTOPBIM BKIIIOYAET KACKaJ KHHA3HBIX PEAKIUH.

HpH‘IHHBI YCIOKHEHHUA 3YKAPUOTUUYECKUX JBYXKOMIIOHEHTHBIX CUCTEM

OTHOCUTENLHO ABYXKOMIIOHCHTHBIX CHUCTCM BO3HHUKACT SaKOHOMepHBIﬁ BOIIPOC: B 4YCM
3aKJII0YaeTCs MIPUUMHA YCIOKHEHHS PACTUTENBHBIX CUCTEM IO CPAaBHEHUIO C OakTepuaIbHbIMU?
Buauane npeamnoagaraji, 4To 3TO CBA3aHO C YCHUJIICHUCM CUT'HAJIa BBUAY €TO aMH.III/I(bI/IKaL[I/II/I.
Opnako, B OT/IMYKE OT OOJIBIIMHCTBA CYHIECTBYIOIIUX B MPUPOJI€ MHTPAKIETOUHBIX CUTHABHBIX
CUCTCM, B IBYXKOMIIOHCHTHBIX PCTYJSATOPHBIX CUCTEMAX CUTHATI MOXCT YCUIIMBATHCA TOJIBKO Ha
YpPOBHE  THUCTHAMHOBOM  KHMHa3bl. DocdopeneiiHplii  MEXaHW3M,  HCIIOJB3yEMBIA B
JIBYXKOMIIOHEHTHBIX CHCTEMax, MpEAINoJiaraeT JHMHEHHYIo0 mnepenady ¢ochaTHON TpyImbl OT



NePEeHOCYHKA K IMEPEHOCUNKY. A TOCKONBKY (ocaTHas rpynmna SKBHBaJCHTHA CHTHAIY, TO OH
TaKKe TepefaeTcs TUHEHHO, He aMIUTHPUIHUPYCh. HBIMU cTOBaMH, CKOJIBKO pa3 MPOU30HAeT
aBTO(OCPOPHUIMPOBAHNAE PEIENTOpa, CTOINBKO pa3 AaKTHBHPYIOTCS PETYNSATOPHI OTBETA.
VYcunenune curHaiza BO3MOXXHO JIMIIb IIOCJIE TOTO, KaKk OH BBIMIET 3a Mpelessl
JIBYXKOMIIOHEHTHOM cucTeMbl. Hampumep, uHAynHpyemble Yepe3 3Ty CHCTEMY IPOLECCHI
TPAHCKPUIILIMK ¥ TPAHCISAIUM O00eCleynBalOT yCWIeHHe curHama. Jlns cpaBHEHHS cC
JIBYXKOMIIOHEHTHBIMM CHUCTEMaMH MOKHO IIPUBECTH CHUCTEMBI, B KOTOPBIX 3aJ€HCTBOBAaHBI
MPOTEUHKUHA3bl. OTH CHUCTEMbl YCWIMBAIOT CUTHAJI Ha YpPOBHE NPOTEMHKHHA3, TaK Kak
aKTUBAMA dJTUX (EPMEHTOB MOXET TMpPHUBECTH K  (GOCHOPWIMPOBAHUIO MHOMKECTBA
MOCJIETYIOIIUX KOMIOHEHTOB CUTHAJIBHOM 1ENH.

VcnoxxHeHre JBYXKOMIIOHEHTHBIX CHCTEM Yy PAacTeHUH, IO-BUAUMOMY, CBSI3aHO C
YCJIOKHEHUEM CTPOCHHSI 3YKAPUOTHUYECKOM KIETKH, MO CPaBHEHUIO C MPOKAPHUOTUYECKOU. Y
Oaktepmii mepemada curHama myteM ¢ochopeneiHoro MexaHu3Ma — OCYIIECTBISETCS
OecrpensTCTBEHHO, TaK KaK peryiasTopsl OTBeTa B-TMma MOTyT HEMOCPEACTBEHHO
KOHTaKTHPOBAaTh U C LIUTOIIa3MaTHYECKUM JOMEHOM penenropa, u ¢ JJHK. V pacrenwii, kak u y
Bcex aykapuot, JIHK otnenena ot nurtomnasMel siaepHoil MemOpaHoii (crnaiia 23, mpe3eHTanus).
Perynsatopel orBerta B-TMna nOKanM3yroTCs IPEUMMYIIECTBEHHO B SApE M HE MOTYT
HEIMOCPEICTBEHHO  B3aMMOJEHCTBOBATh C  PEUENTOPHBIMU TUCTUAMHOBBIMM  KHHA3aMU.
[IpomexxyTOuHBII KOMITOHEHT docdoperneitnoro MEXaHU3Ma — TUCTUANHOBAS
dochorpanchepaza (HPt mgomen) — B3auMOIEHCTBYET ¢ pelenTopoM, a Tocle
dochopunrpoBaHUs TPAHCIOMUPYETCS B SAPO U YIACTBYET B MepeHoce GpochaTHON rpynibl Ha
perynsarop orBera. Takum 00pazoM, KOMOApTMEHTAIUS SYKapUOTHUYECKON KIETKU SIBISETCS
IIPUYMHON YCIIOKHEHNUS IBYXKOMIIOHEHTHBIX PETYJISTOPHBIX CUCTEM PACTECHUN.

Cxema paﬁOTBI ABYXKOMIIOHEHTHBIX CHUCTEM HA InMpMMepe HUTOKMHMUHOBOI'O CUTHaJIa
B PAaCTUTEJBbHBIX KJIETKaXx

Peneniusi IMTOKMHMHA PACTUTENBHBIMH KIETKAMHM OCYIIECTBIISIETCS THUCTUAMHOBBIMU
peLenTOPHBIMU KMHA3aMH, KOTOpPbIE PACHOJIOXKEHbI Ha IUIa3MaTH4ecKoil MmemOpane (cmaiyg 23,
npe3eHTanus). IlepBonavanpHas nepenaya curHajia IPOMCXOAUT B paMKax JIBYXKOMIIOHEHTHOU
MHOTOIIIArOBOM CHTHAIBHON CHCTEMBI, YaCThIO KOTOPOW SIBJISIOTCS pelenTopHble His-KuHA3HL
CBs3pIBaHME HKCTPAKIETOUYHOTO Input JOMEHa PELEeNTOPHONH MOJIEKYJIbl C IUTOKMHHUHOM
CTUMYJIUPYET aBTO(GOCHOPWINPOBAHNE TUCTHIMHOBOTO OCTaTKa transmitter noMeHa. 3aTem
docdarHas Tpymnma MEPEHOCUTCS Ha OCTAaTOK aclapardiHOBOW KHCIIOTHI receiver JIOMEHa, a
OTCIOJ]a — Ha OCTaTOK TuctuamHa MmobmiasHoro HPt momena. ®ocdorpancdepaza HPt
nepeHocHuT ¢ocdaT Ha acrmapariHOBYIO KHCIIOTY receiver JoMeHa peryisTopa otsera. HPt nerko
TUGPYHAUPYET MO KIETKE U TAKKe MPOHUKAET B SAPO, T OCYIIECTBISIET (ochOopuInpoBaHHe
perynsTopoB oTBeTa B-tuna.

Kak y>xe oTMedanoch BbIIIE, IByXKOMIIOHEHTHAs! CUTHaJIbHAs cucteMa ((ocdopeneitHblii
MEXaHU3M) He oOyiamaer cBoWcTBOM ycwieHus. OauH akT (dochoprimpoBaHus transmitter
JIOMEHa perenTopa CrocoOCTBYeT aKTUBAIIMM OJHOTO peryisTopa orBera. OJHAKO MOCTOSIHHOE
MPUCYTCTBHE BHEIIHETO0 CHUTHAIAa (IUTOKWHUHA) CTUMYJHPYET aBTOhochopriImpoBaHue
peuenrtopa, mepenady Qocdara B JIBYXKOMIIOHEGHTHOHW CHCTEME M aKTUBHPOBAHHUE HOBBIX
Mosekya RR.

VYcunenne TUTOKMHUHOBOTO CUTHAIAa BO3MOXHO TOJIBKO TTOCJIE aKTHBALUU PETyJISATOPOB
orBera. Perynaropbl oTBeTa B-Tuna sBIsIOTCS TPaHCKPUIIIMOHHBIMH (DakTOpamu, KOTOpBIE
WHULUHAPYIOT D3KCIPECCUI0 DPA3IUYHbIX TIeHOB. Bosgeiicteue omHoro RR B-tuma moxer
CTUMYJUpPOBaTh CUHTE3 Heckoabkux MPHK, kaxaast U3 KOTOpbIX MHOTOKPATHO TPAHCIUPYETCS.

[lepBbIMM B OTBET Ha BO3JCHCTBHE NMTOKMHMHA AKTUBHUPYIOTCS TEHBI, KOAMPYIOIIHE
peryastopsl oTBeTa A-Tuna. OHU CHUHTE3UPYIOTCS B HEAKTMBHOM COCTOSIHUM M aKTUBUPYIOTCS
yepe3 pochopeneiiHplii MEXaHU3M JBYXKOMIIOHEHTHON CHUCTEMBI, Tak ke kak u RR B-tuma. B
AKTUBHOM COCTOSIHUM OHHU CBSI3bIBAIOTCS C Pa3IMYHBIMU (YHKIUOHAJIBHBIMU OENKaMu,



CTHMYJIUPYS TIPOSIBIICHUE UX CBOMCTB. DTH OEIKU MOTYT OBITh (PEPMEHTAMHU WIIH PETYIISATOPAMH,
yepe3 KOTOpble BO3MOKHA JJaJIbHEHIas epeiaya CUrHana.

CurHanbpHBIE TIYTH 9aCTO B3aMMOECHCTBYIOT MEXKIY CO00M, M 3TO MPUBOAUT K HEKOTOPHIM
s¢¢pexram, KOTOpbIE OTIUYAIOTCSA OT TeX, K KOTOPBIM MPUBOAAT KaX/Ibli U3 CUTHAIbHBIX ITyTeH
no oTAenbHOCTH. Hampumep, UIMTOKMHHMHOBBIM  CHUTHaJ ~ OKa3bIBae€T  BIMSHHME Ha
GYHKIIMOHHPOBAHUE OJTHOTO U3 CBETOBBIX pelentopoB — (uroxpoma B (phyB). Kak uzBectHo,
phyB nepexoaut B pusnonsornuecku akTuBHOE cocTosinue (phyBkc) moa nefictBremM KpacHOTO
ceera (KC). Hanpamii kxpacHbii cBeT ([AKC) crumynupyeT oO0paTHYO (OTOKOHBEPCHUIO
dutoxpoma B HeakTuBHyIO (opmy (phyBkc). B TemuoTe aktmBHas ¢opma ¢utoxpoma
CaMOIIPOM3BOJIBHO MEPEXOJUT B HEAKTHBHYIO C IIOCTOSHHOM CKopocThlo. B pacrenusix
Arabidopsis mox Bo3zaelicTBueM IMTOKMHMHA depe3 RR B-tuma ctumymnupyercs skcmpeccus
reHa, Koaupymomero peryiasarop otBeta A-tuna ARR4. Ilocne TpaHCnsuuu BHOBb
cunte3npoBanHblii ARR4 aktuBupyetcs ructunnHoBoit docdorpancdepazoir HPt. Mumensio
st ARR4 asnsercs putoxpom B. Tlpu ceszeiBanuu phyB ¢ ARR4 crabunusupyercs akTUBHas
¢dopma penentopa. B atom coctostnuu (B komiiekce phyBaxc—ARR4) 3arpynHena koHBepcus
phyBikc B HEaKTHUBHOE COCTOSIHME, YTO CIIOCOOCTBYET YCUICHHIO (GUTOXPOMHOTO 3¢ deKTa mpu
BJIUSHUU UTOKUHUHOBOI'O CUTHAJA.

Bo3gaeiicTBue IUTOKMHMHA HAa PacTUTENbHbIC KIETKH SIBISAETCS MOIM(PYHKLIHMOHAIBHBIM U
NPUBOAUT K pPa3HOOOpazHbIM 3(dexkraM. B 1enmoMm BIMsSHUE ATOrO TOPMOHA AKTUBU3UPYET
MeTa00JIM3M, a TaKXkKe pocT U npoiudeparuio kierok. [loa BIMsIHUEM IUTOKUHUHA YCUIIUBAETCS
CHHTE3 OEJKOB, HYKJIEMHOBBIX KHCJIOT, TOBBIMIACTCS aTTPAarupyromas CIOCOOHOCTh TKaHEM.
[luTokuHNH oOecreynBaeT MOATOTOBKY KIETKM K JIEIE€HUIO, INPUYeM HE TOJIBKO 3a CYeT
MOBBIIIEHHUS] OO0IIEed WHTEHCUBHOCTH CHHTe3a. L{UTOKMHUHOBBIA CHUTHan oOecreynuBaeT
aKTUBAILIMIO SKCIPECCUU T'€HOB, KOAUPYIOUINX OCNIKM, MOSIBIEHHE KOTOPBIX MpEaBapseT MUTO3.
Bo-nepBbix, 310 nukiauH D tuna — CycD3 — akTuBaTOp LUMKINMH-3aBUCUMOM KMHA3bl, KOTOpas
HeoOXxonuMa Juid Tepexojia KIETKM K CHHTETHYecKoM (as3e kiaeTouHoro mukina. Bo-BTOpbIX,
ructoH H4, o6pa3oBaHre KOTOPOTO MPUHIMITAAIBHO BAXKHO 11 (GOpMUPOBaHHS HYKICOCOMHOM
CTPYKTYpBI XpoMaTHHa B npouecce pexymiukanuu JJTHK.

CEPIIEHTHUHOBBIE PELEIITOPLI

CeprieHTHMHOBBIE (MM 3MEENOJOOHBIE)  PELENTOpbl  MPEACTaBIAIOT  COOOMH
TpaHcMeMOpaHHbIe OENKH, MMEIOUINX 7 TpaHCMEMOpPaHHBIX IOMEHOB. DTO OONBIION KIlacc
PELENTOPOB, BBHINOJHAIOIINX CaMble Pa3HOOOpa3Hble OMOJIOTHYECKHE CUTHAJIbHBIE (QYHKIHMU Y
KUBOTHbIX. K  1aHHOMy THMy OTHOCATCS, HampuMmep, BKYCOBbIE, OOOHSTENbHBIE,
aQHAPEHEPru4ecKhue, MYCKapHHOBBIE aLETWIXOJMHOBBIE pELENTOpbl M Apyrue. Bce a1
peuenTopsl UMEIT OOUIMM NMPUHIMUN CTPOEHUS W (YHKIMOHMPOBAHMS, a PA3IMYaAlOTCS OHHU
CHeun(UIHOCTHIO, TO €CTh CIIOCOOHOCTHIO BOCIIPMHUMATh pa3Hble BHEIIHUE CUTHAIBL. 3HAYCHHE
pPELENnTOpPOB 3TOr0 THUIIA JUIsI PACTEHUH HE SCHO. BO3MOXKHO, YTO y PacTeHUH CYIIECTBYIOT
NoJOOHBIE WM ONU3KHE MO CTPYKTYpPE PpELENnTOpbl, HO MEXaHHU3M HX AaKTUBALUM MOXKET
NPUHLUINAAIBHO OTINYATCS OT KUBOTHBIX.

Morekyibl CEpIEeHTUHOBBIX PELENTOPOB CEMb pa3 MPOHM3BIBAIOT MeMOpaHy (cnaiin 24,
npeseHTtauus). Ilpu sTom N-TepMUHAIBHBIM y4YacTOK IOJIMIIENITUAA pacHojiaraercs Ha
9KCTPAKJIETOYHOM CTOpoHEe IIa3MaTuyeckod memOpanbl, a C-koHIeBas o00jgacTb — Ha
LUTOIUIA3MaTUYECKON cTOpoHe. HeKOTOpbhle aMMHOKUCIIOTHBIE OCTATKA HA N-KOHIIEBOM y4acTKe
pPELENITOPHOM  MOJIEKYJIBI  TIMKO3WIMpOBaHbl.  OnurocaxapuJHele  IpyNIbl — UIPaOT
CYLIECTBEHHYI0O pOib B (OPMHPOBAHWW JIMTAH]-CBS3BIBAIONIETO YyYacTKa peIenTopa.
[{uroruiazmatuueckass C-TepMHHaJIbHAasg 00JacTh CEPHEHTHHOBOIO peulentopa (opMupyer
y4acToK cBsi3bIBaHUs (3-O€JKa, uepe3 KOTOPhI OMOoCpenyeTcs epeaada CUrHaia BHYTPb KIETKHU.
['eTepoTpuMepHbIii MeMOpaHHO-CBsI3aHHBI G-0enok sBjsieTcss 00s3aTeNbHBIM KOMIIOHEHTOM
KACKaJHBIX MEXaHU3MOB, KOTOPBIE CTUMYJIMPYIOTCS YEPE3 CEPIIEHTUHOBBIE PELETITOPBI.



Cy1iecTByeT MHOKECTBO THUIIOB CEPIIEHTUHOBBIX PELENTOPOB, CHEUPUUHBIX K JIUTaHaM,
UMEIOUIMM  pa3M4Hyl0  XUMHYECKylo mnpupoay. OHM  CBS3BIBAIOT  NENTHAHBIE U
[JIMKOIIPOTEMHOBBIE TOPMOHBI, AMMHBI, HYKJICOTHJbI, SHKO3aHOMJbI, AMUHOKHCIIOTHI, HOHBI
Kanpliug U T. A. Kpome Toro, ectb peLenTopbl, aKTHBALUS KOTOPBIX OCYLIECTBISAETCS
IIpOTEa3aMu, OTPE3AOIIMMH YKCTPAKIECTOYHBIN Yy4aCTOK PELENTOPHON MOJIEKYIBbL. TpaHCAyKIUs
curHaszia ot peuentopa Ha (G-0€JOK OCYIIECTBISETCS B MOMEHT pELENIMU, B pe3yibTare
KOTOPOM H3MEHseTCs KOH(pOpMalusi PpEeLenTOPHOM MOJIeKysbl. AKTUBUPOBaHHBIM (G-0enox
nepeaaeT CUrHai aajblie.

PELIEIITOPbI-KAHAJIO®OPMEPDI

WN3meHeHne TpaHcmopTa HMOHOB H WX BHYTPUKIETOYHOW KOHILIEHTPALUU YacTo
WCIIOJIB3YETCSl B MEXaHM3Max TPAHCAYKIIMU CUTHAJIA, MIOATOMY B Psiie KaCKaAHBIX CUTHAIBHBIX
CHUCTEM YYacTBYIOT HOHHBIE KaHalbl. MOHHBIE KaHalbl MOTYT OBITh Kak MPOMEKYTOYHBIMU
KOMIIOHEHTAaMHU  CUTHAJIBHOM  II€MHU, Tak W  KOMIIOHEHTaMH,  BOCHPUHHMAIOIIUMU
BHEIIIHEKJIETOUHbIE CUTHAJIBl. PernenTopel, KOTOpblE OJHOBPEMEHHO  SIBIISIETCA  HOHHBIMU
KaHaJIaMH, Ha3bIBAIOT pelienTopaMu-KaHaIohopMepamu.

OgHuM M3 peuenTtopoB ATOrO0  Kjacca SBJISETCA — AlleTHIXOJHWHOBBIA  pELENnTOp
HUKOTHHOBOTO THIMA Y KMBOTHBIX (Ha3BaHUE OOYCIIOBJIEHO CPOJICTBOM PEIENTOpa K HUKOTUHY).
B oranune OT MyCKapMHOBOIO AaleTHJIXOJHWHOBOIO PELENTOpa, HUKOTHHOBBIM pELEenTop
dGopMupyer HecrienudHUECKNi HOHHBIH KaHA, KOTOPBIHA IPOBOIUT HOHBI Na' K"

AlIeTWJIXOJTUHOBbIEe HMKOTHHOBBIE PelenTOPbl COCTOST M3 PA3NIUYHBIX KOMOMHALWN
ISTH THUTIOB CYOBEIUHUIL O, 3, ¥, O, M €. YYACTKH CBSI3bIBAHMS allETHIIXOJMHA HAXOMATCS Ha Ol-
cyobenuuunax. Jo0oW  aneTHIXOMMHOBBIM  pelenTop  00s3aTeIBbHO  CONCPKHUT  JBE
o-cyobenuuuIbl. [lonmu-nenTUaHbIe IEeNu BCEX CYOBEOUHHII YETHIpEe pa3a MPOHU3BIBAIOT
mwiazmanemmy, mpudueM N- u  C-KOHILIEBbIE JOMEHBI HAxXOHIATCS CHApyX U KJIETKA U
TJIMKO3WIMPOBaHbl (crnaiig 25, mpeseHrtanus). LluTo-mmasmartnueckue o0nacTd perenTopHOU
MOJIEKYJIBI B3aUMOJCHCTBYIOT ¢ KOMIOHEHTAMH IIUTOCKENIETa — TYOyJIMHOBBIMU M aKTUHOBBIMU
Oenkamu.

ATETHIIXOJIMHOBBIC PELENITOPHI-KAHATIOPOPMEPHI, PACIIONATAIOTCS HA MTOCTCHHANITHYCCKIX
ydacTkax MeMOpaH BO30yAUMBIX KJIETOK (HEPBHBIX, MBIIIEYHBIX, CEKPETOPHBIX) U YUaCTBYIOT B
npeoOpa3oBaHMM CHUTHala. HeWpoTpaHCMHUTTEp aALETUIXOJIWH  BBICBOOOXKIAETCS  uepe3
MpECUHANTHYECKIE MEMOpPaHbl HEPBHBIX OKOHYAHUN MyTEM 3K30-1IMT03a, TuhGyHAUPYET yepes
CHHAINTUYECKYI0 IIETbh W CBS3BIBAETCA C JBYMSA O-CYObEIMHHMIIAMH  aIleTUXOJMHOBBIX
PELEnTOopOB.

Cs3biBaHME  HEUPOTpPAaHCMUTTEPA C  XOJUMHEPTHUYECKUM  PELENTOPOM  BBI3BIBAET
KOH(GOPMAllMOHHBIE HW3MEHEHUS B OJMIOMEPHOM KOMIUIEKCE, KOTOpble MPUBOAAT K
(hOpMHPOBAHNIO HOHHOTO KaHaTa. DTO MO3BOIAET HOHAM Na' BXOIHTH B KJIETKY, 4TO BBI3BIBAET
JOKAJIbHYIO  JCNOojsIpu3aluio  MeMOpaHbl W CTHUMYJIHpyeT crneuuduyeckuii oreer. B
HEHPOMBIIIEYHOU CHCTEME, HalpuMmep, JAEHCTBHE alCTWIXOJMHA HAa XOJMHEPIrUYECKUe
peLenTopsI BEI3BIBAET COKPALLICHUE MYCKYJIATYPBI.

BHYTPUKJ/IETOUYHBIE PEIEIITOPBI

SAAEPHBIE PEIIEIITOPBI

SnepubiMu peuentopaMu HaszbiBaioT JIHK-cBs3bpIBarolye TpaHCKPUIILIMOHHBIE (aKTOPHI,
KOTOpbIE aKTHBHPYIOTCA JUNOMUIBHBIMM JIMTAaHJAMHU. AKTHBHOCTh MHOTHMX M3 TaKHX
PELENTOPOB KOHTPOIUPYETCs TAKKE KMHA3aMH U JIPYTMMH PeryJasaTopHbIMU Oenkamu. To ects,



PELENnTOp MOKET HAXOAUTHCS B PAa3HBIX COCTOSIHUAX, KOTOPBIE XapaKTEPU3YIOTCS ONPENEICHHON
CIIOCOOHOCTBIO PEIENTOpa CBSI3bIBATh JIMTAHI W WHUIMHPOBATH TpaHcKpumniuio. [lomagas B
KJIETKy, Crheuu(puIecKue JIMTaHIbl BBI3BIBAIOT  BHYTPHKIETOYHOE TIepepacrlpeseicHue
pPELENnTOPOB COOTBETCTBYIOLIETO THUIIA.

BonbIIMHCTBO SAEPHBIX PELENTOPOB JIOKAIU3YIOTCS HEMOCPEACTBEHHO B siape. OJHAKO
pEeLEenTopbl CTEPOUIOB B HEAKTUBHOM COCTOSSHUM MOTYT HaXOJUThCA B LUTOIUIa3ME, Kak
IIpaBUJIO, B PAacTBOPHUMOM COCTOSHMM. IIpm OTCYTCTBMM COOTBETCTBYIOILIETO JIUTI'aHAA
CTEPOUJIHBIE PELENTOpPhl CBA3BIBAIOTCA C IIAallepoHaMHu, KoTopble skpanupytor JIHK-
CBS3BIBAIOIINN JIOMEH penenTopoB. lllamepoHsl, ¢ OQHOW CTOPOHBI, 3aTPYAHSIOT TPAHCIOPT
perienTopa 4epe3 sAepHYl0 MeMmMOpaHy, a ¢ APYroil MPemsTCTBYIOT €ro yAEepX aHHIO B sJpe,
BCIIEICTBUE TOro, 4to OHU MackupyroT JIHK-cesa3piBatommii gomeH. PaznuuHble BUIbI
CTEPOHMIHBIX PEIENTOPOB CIEeUU(DUUECKH CBA3BIBAIOTCS C MIATIEPOHAMHU OIMPEAEIECHHOTO THIIA.
Hampumep, y XuBOTHBIX penentopsl crepougnsix ropmoHoB GR, MR, PR u AR
B3aMMOJCHCTBYIOT ¢ OenkoM TeruioBoro moka Hsp90. [Ipu B3auMonelcTBUU ¢ TOPMOHATBHBIM
JMTaHIOM KOMIUIEKC PEIeNnTop—IIanepoH ITUCCOIUHUPYET, a perentop TudGyHIupyeT B Sapo,
/1€ BBITIOTHSET POJIb TPAHCKPUIIITUOHHOTO (akTopa (crnai 26, mpe3eHTaIus).

B kierkax siflieBojila KypHIBI HAaXOIUTCS CHEHMH(DHUSCKHN pPEIenTop 3CTporeHa [-
ACTPaaNOIa, JOKAUTU3YIOIIUICS B IIUTOILIa3Me. B HeakTHBHON (popMe OH CBsI3aH ¢ MIAIIEPOHOM U
uMmeeT HazBaHue scTpoduiuH 1. [Ipu monananuu B KJIETKY [3-3CTpasnoiia OH B3aUMOJCHCTBYET ¢
pelenTopoM, KOTOPBIH TepseT CPOJICTBO C IIATIEPOHOM M TEPEXOJUT B aKTUBHYIO (GopMmy,
Ha3bIBaEMyI0 ACTpobuiauH 2. DcTpodunuH 2 TpaHCIONHMPYETCsS B SAPO, CBA3BIBACTCSA CO
crnenu(UIeCKUMHU y9acTKaMH XPOMaTHHA U aKTUBUPYET DKCIIPECCHIO PsiZia TEHOB, KOJIUPYOIINX
cnenuduueckre OeTKd, HAMpPUMEp, OBAILOYMHH M OBOBUTEJUIMH, KOTOpPhIE HEOOXOAUMBI IS
(dbopMupoBaHus AULL.

NEPEOAYA CUTHANA BHYTPU KINETKU

G-BEJIKH

[lepenava curHama OT PEUENTOPOB, B 3aBUCUMOCTH OT HX THIIA, MOXET OCYIIECTBISATHCS
HETIOCPE/ICTBEHHO HA MPOMOTOP T'eHa, Ha S(PEKTOPHBIE MOJICKYJIbI, a TAK)KE HA MHOTOYUCIICHHBIC
MPOMEXYTOYHbIE KOMIIOHEHTHI BHYTPHKJICTOUHBIX CUTHATBHBIX cucTeM. OTHUMU U3 KOMIIOHEHTOB,
OIOCPENYIOUIMMY BHYTPUKIIETOUHBIN CUTHAI, SIBIISIOTCS peryisitopHble GTP-a3bl, KOTopble Takke
Ha3bIBatOT G-0enkaMu. ITO COBOKYITHOCTh I'yaHUH-HYKJICOTH/ICBSI3BIBAIOLIMX OEITKOB, 00I1aJat0INX
GTP-a3Holi aKTUBHOCTBIO ¥ BHIMOJHSAIOMINX B KJIETKaX pa3HooOpa3Hbie GyHKIMH. OHU MIPUHUMAIOT
y4acThe B TPAHCIIOPTE MAaKPOMOJIEKYJI, OpraHU3aIllK ITUTOCKETIEeTa, CHHTEe3¢e OEKOB, 00pa30BaHUU U
TPAHCIIOKALMA BE3WKYJ, & TAKXKE BBINOJNHIIOT CHTHAIbHBIC (YHKIWH, NPUHAMAs ydYacTHE B
TPAHCIYKIIUU BHYTPUKIICTOUHBIX CUTHAJIOB.

Bce cymectByronme G-0enku, COracHO UX CyObeAMHUYHOMY COCTaBY, MOAPA3IEISIOTCS Ha
JIBa THUIA: TeTepOTPUMEpHbIE U MOHOMEpHble. B panHell surepaType, mocBsieHHONH (G-0eikam,
4acTO TETePOTpPUMEpHBbIE OeNkM Ha3pBaI COOCTBEHHO G-OenkamMu 0€3 COOTBETCTBYIOIICH
CyObeAMHUYHON XapaKTEPUCTHKHU «TeTePOTPUMEPHBIE», TOTAa KaK MOHOMEpHBIE MEPBOHAYAILHO
NoTy4riTH Ha3BaHue Ras-0enkoB. JlanHas TepMUHONOTHS ObITa JJOCTATOYHO «IKOHOMHOI M BMECTE
C TeM, NOHATHOH. OIHAaKO MOCye TOro Kak BBIACHUIIOCH, YTO Ras-0esku — 3T0 BCero JMiIb 0JHO U3
CEMEICTB OrPOMHOM TpynIbl MOHOMEPHBIX (G-0€NKOB, BO W30€XaHWE IyTaHUIIBI TIOSBUIACH
HE0OXOIMMOCTh MCIOJIb30BaTh TEPMUH MOHOMEpHbIe (Wiu Mainble) G-Oenku. B Hactosiee Bpems
BBIZICIISAIOT IISITh CEMEHNCTB MaJibiX G-O€IKOB.

['yaHUH-HYKJICOTH/ICBS3BIBAIOIINE OSNKU HMIMPOKO PACIPOCTPAHEHBI B KUBOM MHUpE, HO TpU
TOM HEPAaBHOMEPHO INPEJCTABIEHbI y >KUBOTHBIX M pacTeHui. [Ipruem HamOomblIue pa3nuuus
XapakTepHbl s curHaibHbIX (G-OenkoB. Tak, rereporpumepnsle GTP-a3pl B n300mMIMM



OOHApYKUBAIOTCSI B JKMBOTHBIX KIETKaX, a y PAacTeHUHl OHHM MPHUCYTCTBYIOT B MHHOPHBIX
KOJIM4ecTBax. Y KHUBOTHBIX OKOJO 80 % NEepBUYHBIX MECCEHKEPOB B3aUMOAEHCTBYIOT €O
crier(UUeCKUMH PeLeNTOPaMH, CONPSKEHHBIME ¢ reTepoTpuMepHbiMu G-Oenkamu. [{iist pactenuit
3HAUYUMOCTb 3THX MOJIEKYJI B CUTHAIIbHBIX MEXaHU3MaXx JI0 CHX IOp HaXOIUTCS MOJ COMHEHHeM. Bo
BCSIKOM cityyae, rereporpumepHble GTP-a3bl y pacTeHuil, eciM M NPUHUMAIOT YYacTHE B
TPAaHCAYKIMM CHUTHajla, BPSAA JIM HMEIOT MEXaHU3M AaKTUBAallMM AaHAJIOTMYHBIA y JKUBOTHBIX.
3HAUMMOCTh  TeTepOTpUMEpHBIX  (G-0ENMKOB Ui JKMBOTHBIX  ITOJITBEPXKNACTCSI  OOMIMEM
UJICHTU(QUIIMPOBAHHBIX B F€HOME MIICKOIMTAIOIIMX I'€HOB, KOIUpYyromux cyobeaunuisl GTP-a3:
23 o-cyobenununbl, 5 B-cyobeaunun, 12 y-cyObeaunun. Y pacteHuil HaOop MOJOOHBIX T€HOB
3HAUYUTEITHLHO CKpoMHee. B renome y Arabidopsis oOHapykeH Bcero Juib | reH, KOAUupYomui
o-cyobenuumny, 1 — B-cyopenunuity, 2 — y-cyObenununbl. Ha ¢pone Takoro He3sHAYMTEIHHOTO
konmdecTBa rereporpuMmepHbix  GTP-a3, renbl Mambix G-0€KOB B TeHOMax pacTeHHMN
oOHapyxwuBatoTcsi B m3o0mnuu. Hampumep, B reHome Arabidopsis uneHTH(uUIMpoBaHO 93 TeHa.
JIeliCTBUTENIFHO, B DETyJSATOPHBIX M CHTHAIBHBIX MEXaHU3MaxX y pacTeHWA Bemymias poJb
HPUHAICKUT MOHOMEPHBIM G-0enkam.

I'ETEPOTPUMEPHBIE G-BEJIKH

Brniepeie G-0enku ObUIM OOHApY>KEHBI MPU U3YYCHHH MEXaHU3MOB (DYHKUIHOHHPOBAHUS
7TM (ceprieHTHHOBBIX) PEIENTOPOB Y KUBOTHBIX. PerienTopsl 3TOro kiacca HEMOCPEACTBEHHO
B3auMozeiicTBytor ¢ (G-OeilkamMu W TepelaloT uepe3 HUX CUTHal Ha  A(hdeKTopsl.
TTM-peuentopel 1 G-0elKM y JKMBOTHBIX BcCerJa (PYHKIMOHUPYIOT BMECTE W SBIISIOTCS
CTaHJapTHBIMU CHUTHAIBbHBIMU mapTHepaMu. [lo 3Toil mpuumne 7TM-peuentopsl Ha3bIBalOT
takke G-0e0k conpsikeHHbIME penentopamu (GPCR).

Crpykrypa pa3nuyabix (G-0eiIKOB yHHKaldbHA. OTO TMO3BOJSET MM  CHEIU(PUUECKH
B3aMMOJICHCTBOBATH C COOTBETCTBYIOIIUMH PELENITOPHBIMH U 3P (HEKTOPHBIMH MOJICKYJIAMH.

G-0enku cOCTOAT U3 TPEX pa3NMyHBIX cyObeaunuil. B monekyne G-Oenka HanbobiIas 1mno
pasmepy a-cyobemunuma (40-50 x/I) Henmpouno cBszaHa ¢ qumepoM [y. CyObenuHuIbB B U Y
MMEIOT MEHBILINE MOJIEKYJISIPHBIE MAaCChl — COOTBETCTBEHHO, 35 K/ 1 8 k/[. CBsI3b MeXTy HUMHU
MOJJICPIKUBACTCS TAKXkKe 3a CUET CJA0BIX CHWJI, OJHAKO TPH Pa3INYHBIX (DYHKIMOHAIBHBIX
cocTosiHUSIX Moyekynbl G-Oenka numep [y BcerJa HaxOOUTCS B aCCOLMUPOBAHHOM BHJIE.
CyObequHUIIBl O U Y UMEIOT MOCTTPAHCIALUOHHBIE MOAUDUKAIINKM B BUAE KUPHOKHUCIOTHBIX
WIM W3OMPEHOUIHBIX TPYMNI. 3a CYeT ITUX JUMO(UIBHBIX TPy O-CYObeIUHUIIA, U Py-TuMep
HE3aBUCHMO JIpyr OT Jpyra yJA€p>KMBAIOTCSl Ha BHYTPUKIETOYHOW CTOPOHE IUIa3MalleMMbl U
MOTYT OTZAEIbHO WM B cocTtaBe G-Oenka jarepainbHO nupdyHIupoBaTh o MeMOpaHe (caiij
35-36, mpe3enTanus).

Bzaumopeiictue G-6enka ¢ G-0elOK COMPSHKEHHBIMH PEIENTOPAMU  OCYIIECTBISETCS
yepes a-cyorenununity. C addekropamMu MOTYT B3aMMOJICHCTBOBATh KaK O-CyOBEIMHUIIA, TaK U
By-mumep.

[Ipu oOTCyTCTBMM COOTBETCTBYIOLIErO BHeHIHero curHana G-0emok HaxoAguTcs B
TPUMEPHOM HEAKTHBHOM COCTOSHUHU, NMPUYEM B TyaHUHHYKJICOTHU]I-CBSI3BIBAIOIIEM CaWTe O-
cyobenuuunbl pacrnonaraercss GDP. B pesynbpraTe penenmuu 3KCTPAKISTOYHOTO CHUTHAJA
U3MEHsETCS KOH(pOpMaIlusl PEleNnTOpHOTO Oenka, a 3TO, B CBOIO OYepelb, BBI3BIBACT PSIl
n3MeHeHu# B coctossHuM G-6enka. Tepsiercs cponctBo a-cyobenunuiibl ¢ GDP, Mmecto koToporo
3auumaer GTP. B OonpmimHCTBE ciyyaeB (HO He Bcerga) akTHBUPOBaHHBI (G-0enok
JTUCCOLIMUPYET HA JIBE YaCTH: O.-CyObEeIUHUIA OTACIseTCs oT By-mumepa. B mobom ciydae, G-
OCJIOK HAaXOJIUTCS B aKTUBHOM COCTOSIHUH, eciii o-cyOneauHuiia csizana ¢ GTP. Ognako 3T0
COCTOSTHUE CPAaBHHUTEIHHO HEIOJTOBPEMEHHOE, TaK Kak o-cyObenuuuna ruaponuszyetr GTP u
NEePEXOUT B HEAKTUBHOE TPUMEPHOE cocTosiHue. Eciu peuentop npoaomkaeT BOCIPUHUMATH
BHEIIHUN curHajl, TO G-Oenku akTuBUPYIOTCS cHOBa. GTP-a3Has akTUBHOCTH O-CyOhEIMHMIIBI
3aBUCHT OT psda BHYTPUKIETOUHBIX (PaKTOpoB. Bo-MepBbIX, aKTHUBHOCTh YCHJIMBAETCS, Kak



NPaBUIIO, TIPU B3aUMOJICHCTBUU O-CYOBEAMHUIBI C APPEKTOPHBIME MOJICKYJIaMH, HAIIPAMED, C
dochomumazoit C. Bo-BTOpbIX, CymecTByeT OOIBIIOE KOJIMYECTBO PETYJIATOPHBIX OEIKOB,
cnocoOHbIX MoayiaupoBaTth GTP-a3Hyl0 akKTUBHOCTH O-CyOBEAMHUIIBI. DTH OEIKH OTHOCATCS K
cemeiictBy RGS (regulators of G-protein Signaling) 6en1koB — peryisaTopoB curHaiau3anuu G-
O0enka. B ocHOBHOM, 3TO HeOoJjbIIue O€nKku, coctosime u3 220 U MEHee aMUHOKHCIOTHBIX
OCTaTKOB, HO TakXke OOHapy)XeHbl BBICOKOMOJIEKYJsipHble Oemkn RGS  (mo 1400
AMUHOKHCIIOTHBIX OCTAaTKOB). DTU OelKu HE TOJbKO MoaynupyioT GTP-a3Hyro akTHMBHOCTH O-
CyObEIMHMIIBI, HO M Y4YacTBYIOT B Iepeladye CUTHaa, MOCKOJIBbKY 00JalaloT CTPYKTYpO,
TIO3BOJISFOIIEH MM B3aMMOJICHCTBOBATH C APYyTUMH OCJIKaMU CHCTEMBI TIepeIaull CUTHAJIA.

Tpancnykiust curHaia Ha 3p¢GEKTop OCYIIECTBIAETCS O-CyObeIMHUIEH WK Py-AUMEPOM,
a B HEKOTOPBIX CITy4asX — LeNbIM TpuMepoM, cBsizanHbIM ¢ GTP. ITockonbky HE G-0enok, HA
€r0 COCTAaBHBIC YaCTH HE OTMCISIOTCS OT TUIa3MaTHYECKO MeMOpaHbl, 3P PEeKTOpHBIC MOJIEKYJIBI,
akTuBHpyeMble G-0elkoM, Takke UMEIOT MeMOPaHHYIO JIOKAIHW3ALHWIO, WA TPHUBIEKAIOTCS K
MeMOpaHe B mpollecce akTuBanuu. BizaummopeiictBue G-0enkoB ¢ 3ddekropamMu MPUBOAUT K
U3MEHEHNIO0 KOH(POPMALIMU B CBOMCTB TIOCIICTHHX.

By-Jumepbl HE TOJNBKO PETYJIUPYIOT AKTUBHOCTh 3(D()EKTOPHBIX MOJIEKYJI, HAIpUMED,
takux Kak (ocdomumnazsl (PLA,, HekoTopbie nzopopmsl pochonunassl C), HOHHBIE KaHAIIbI
(K, Ca’"), HO Takke BBIIONHAIOT APyrHe (GyHKIEH. OHH OGCCIICYHBAIOT JIOKATH3ALMIO,
CBSI3bIBAHUE U JCAKTUBAIIUIO O.-CYOBEAMHUL], CTAOMIN3UPYIOT MX HHAKTUBUPOBAHHOE COCTOSIHHUE
myTeM TOHWXKEHUs ypoBHs auccommaruun GDP oT o-cyObemuHHIBI, peryIupyroT CPOJCTBO
peuenTopoB K akTUBHpyomuM uX JurangaMm. Py-Cyowseauaunpl  (G-0€TKOB  CIOCOOHBI
akTUBHUpOBaTh crienuduueckue nporenHknHasbl (GRK — G-6enok conpspkeHHbIE pelenTOPHbIE
KWHa3bl), KOTOphIe (HOCHOPHIMPYIOT MOJIEKYJBI CEPIEHTHHOBBIX penentopoB. K akruBammm
GRK npuBOauT, Kak MpaBWIO, HHU3KAas KOHIIGHTpAIlMs arOHHUCTa, TO €CTh CIA0bIi BHEIIHUN
curHai. brarogapst ¢pochopunrpoBaHuio TpeaOTBpaIaeTCs mepenavya curuana Ha s¢dexrop, a
KpOME TOTO, MOJICKYyJIa pelenTopa MOATrOTAaBIMBACTCS Ul YAAJICHHUS C TMOBEPXHOCTH KIICTKU
IMyTEeM OSHAOIMTO3a, IOCKOJIBKY OHAa B pe3yJbTaTe KOBAJCHTHOW MoOAu(HUKanmuu (IIyTeM
dochoprrpoBaHus) CTAHOBUTCS MUIICHBIO JIJISI CBSI3BIBAHUS ADPUCTHHOM.

MOHOMEPHBIE (MAJIBIE) G-BEJIK

Monomepubie  G-0enku, MepBOHAYalNbHO OBIIM  OTKPBITBI Kak MpOAyKThl Ras-
IIPOTOOHKOI'€HOB, aCCOLIMMPOBAHHBIX C CAPKOMOM KpbIC (0TCI0/1a Ha3BaHUe Ras — rat sarcoma).
BnocnenctBum  ObulM  BBISIBIEHBI MHOT'OYMCICHHbIE MOHOMepHble Oenku ¢ GTP-azHoit
AaKTUBHOCTBIO, OJIM3KHE TI0 CTPYKType W MOJICKYJISIpHOH Macce K Ras-Oemkam. Bee stu Genku
oOmamanu  orpaHuyeHHo  romoiorued (o  30%) u  uUMeNM ~ KOHCEPBATHUBHBIE
MIOCJIEIOBATEIFHOCTA AMHUHOKHUCIIOT, OTBETCTBEHHBIE 32 CBsI3bIBaHUE ryaHo3uHdocpaToB, GTP-
a3HyI0 aKTUBHOCTb W B3auMmopeWcTBue ¢ 3¢pdexkropamu. MonekyispHas mMacca BapbupyeT B
npeaenax 20-30k/[. B Hacrosimee Bpemsi cuuTaroT, 4to Majblie G-0€JIKU  SABISIOTCS
00s3aTeIbHBIMA ~ KOMIIOHEHTaMHM  3YKapUOTMYECKMX KJIETOK M Y4YacTBYIOT B BaXKHBIX
peryisTopHblx MexaHu3max. M3BectHole Manble GTP-a3pl, coriiacHo MX aMHHOKHCIOTHOM
HOCJIEI0BATENBHOCTH U (PYHKIUAM, pa3eisIioT Ha ATk ceMelcTB: Ras, Rho, Rab, Arf u Ran.

AxTuBHOCTH 1BYX cemeiicTB G-OenkoB (Ras m Rho) accomuupoBana ¢ TpaHCHyKIHEH
curHana. OcranbHble BBIMOJIHAIOT crielu(pUIecKre KIeTOYHbIe (PYHKLUH.

benku cemeiictBa Ras He 00HAapYKEHBI Y paCTCHUN M HAHICHBI TOJIBKO y JKUBOTHBIX.

Ras-0enkn B JKMBOTHBIX KJIETKAaX Y4YacTBYIOT B CTUMYJISLMM KIETOYHOIO JEJICHUS,
nepeaaBas CHUTHAJ, TOJYYCHHBIH TPHU CBA3BIBAHUHM (PAKTOPOB POCTa COOTBETCTBYIOUIMMH
peuenTopamMu. Ras yacto pacrosaraercst B LIEHTpE CETH B3aWMOJICHCTBYIOIIMX CHUTHAJIBHBIX
MyTeW, TO €CTh MOKET BOCIIPUHUMATh aKTHBUPYIOIINE CUTHAIIBI OT HECKOJIBKUX PELIENTOPOB U, B
TO K€ BpPeMsl, BIUATH Ha OOJIBIIOE KOJUYECTBO MOCIEAYIOMINX COOBITHH. XapakTepHbIM A Ras



SBIISICTCS aKTHBAIMS PA3IMYHBIX KHHA3, HANpHMEp, TaKMX Kak NpoTeMHKHHa3a Raf wnm
docharuaunMHO3UTOIN-3-KHHA3A.

B renome Arabidopsis BbeisiBiaeHo 11 reHoB, komupyrommx Rho Oenku. Dt Genku
HECKOJIBKO OTIMYAIOTCA MO CTPYKType oT Rho OelaKoB KUBOTHBIX U COCTABISIIOT 000COOIEHHOE
noscemeiicTBo Rho-mogo6ueix 6enkoB pacrenuit — ROP (Rho of plants).

Manbie G-6enku, He HECYIlMe CUTHAIBHON Harpy3KH, B MEHbIIEH CTENEHU OTIMYAIOTCS Y
pacteHuii M JKMBOTHBIX. DyHKIMOHUpOBaHHE TakuX (G-OETKOB CBS3BIBAIOT C YYacTHEM B
cnenuduuecknx GyHIaMEeHTAIbHBIX MEXaHU3MaX:

Arf — oOpa3oBaHue BU3MKYJ, B pacTeHUsIX Arf OelKku Ba)kKHbI AJIs OJISIPHOTO TPaHCIOpTa
ayKCWHa, TaK KaK MPUHUMAIOT ydacTHE B TepepacrpeieNieHuH mnepeHocuuka aykcuHa PIN1
MEK]ly HUTOIIa3MOM U TJIa3MaJeMMOM;

Rab — tpaHcnopT u 1OKMpOBaHUE BE3UKYT,

Ran — tpaduk PHK u GenkoB uepes simepHbIC TTOPHI.

CUT'HAJIBHBIE MOHOMEPHBIE G-BEJIKH

Ras m Rho Oenku sBASIOTCS MEeMOpaHHBIMH TIOBEPXHOCTHBIMH O€JKaMH, KOTOpEIE
yIEpKUBAIOTCSI Ha MeMOpaHe, MmoJ00HO rerepoTpuMepHbIM (G-0enkam, 3a cyeT JUNO(UIBHOM
rpynnsl  HeOenkoBoil mpuponsl. Manble G-0enku MHOABEPraroTcs MOCTTPAHCIALMOHHBIM
KOBQJIEHTHBIM MogudukamusM. OIuH U3 cnoco0OB MOIU(GHKALMU HE XapakTepeH [uis
rerepoTpuMepHbIXx (G-O€JIKOB: 1O  3aBepLIEHHIO CcHUHTe3a yhansercda Tpu C-KOHLEBBIX
AMMHOKMCIIOTHI, a 00pa3oBaBIIMiics HOBbIM C-KOHEI NOJIUIENTUAHON e MEeTUINpYeTCs. 3aTeM
K LIMCTeHHY rumnepapuadenbHoil C-TepMUHAIBHON 001aCTH NPUCOETUHSIETCS KUPHOKUCIOTHBIN
WU TIOJIUIPEHOBBIN OCTATOK, KOTOPBIH 00ecrieunBaeT CBsI3b Oelka ¢ IOBEPXHOCTHI0 MEMOpAaHBI.

UccnenoBanme ctpykTypbl Ras Oenka moka3ano HalW4Me ABYX BBICOKO TOJBHKHBIX
y4acTKoB, Ha3BaHHbIX «switch I» u «switch II», koropsie okpyxatoT Y-pocpar GTP.
[TonoxxeHne 3TUX IMOCIIENOBATENBHOCTEH CYILIECTBEHHO M3MEHSETCS B 3aBHCHUMOCTH OT TOTO,
kakoit u3 HykseoTua0B (GTP nnm GDP) HaxoauTcs B ryaHUHHYKJICOTH/ICBSI3BIBAIOIIEM IICHTPE.
N3menenne koHpopmammu MOJEKYJbI BCIEICTBUE CMEIICHHsS switch-mocienoBarenbHOCTEN
CHOCOOCTBYET MEPEKITIOUEHUI0 HEAKTUBHOIO COCTOSIHUSI MOJIEKYJbl B aKTUBHOE U HaoOopoT. B
aMHHOTEPMHUHAIBLHOM yacTu (G-0enka pacroyioskeH Y4acTOK B3aUMOACUHCTBHS ¢ AP PEKTOpaMHu.

Huxn akTuBaunuu MoHoOMepHbIX G-0enkoB. MoHomepHble G-Oenkw, B OTJIMYHUE OT
TeTEpPOTPUMEPHBIX, HE B3aUMOJICHCTBYIOT HEMOCPEACTBEHHO C peuentopamu. Ilepenava curnana
MEXy HUMH OCYLIECTBIISIETCS IOCPEICTBOM AJANTEPHBIX MOJIEKYJ. B HEaKTHBHOM COCTOSIHUU B
I'YaHUHHYKJICOTH/ICBsI3bIBatomeM LeHTpe G-Oenka cBs3aHa mosekyina GDP. Crumymsauusa G-
Oenka myTeM B3aUMOJIEHCTBUS ¢ anantepamu crniocoOctByeT 3ameHe GDP na GTP. AnantepHbie
MOJIEKYJIbl, HETOCPEACTBEHHO B3auMoJeiicTBytomue ¢ MainbiMu (G-Oenkamu, MMeEIOT oOriee
Ha3BaHWE TIyaHMH-HYKJeoTHa oOMeHuBawmue ¢axkropsl (GEF). Ilocne 3amensl
ryaHo3uHpocaTroB MG-0e1IKH U3MEHSIOT KOHPOPMALMIO U IEPEXOJAT B AKTUBHOE COCTOSIHUE, TO
€CTh NMPHOOPETAIOT CIOCOOHOCTh B3aWMOJICHCTBOBATh co cBomMu mumeHsmu. [Tomumo GEF B
uKie akTuBauuu G-0€IKOB MOTYT YYacTBOBAaTh MHBIE DErYJISATOPbI, MPUYEM HE TOJIBKO
aKTUBAaTOpPbl, HO M MHTUOMTOpHl mnepedaun curHana. [Ipeamomaraercst ydacTue TryaHHWH-
HYKJeoTHA aucconupymomero uHruouropa — GDI (guanine nucleotide dissociation
inhibitor). Dtot perymnarop Obl1 0OHapYy’KEH NPU U3YUCHUU MeXaHU3Ma akTUBaIu Rab-0enkoB.
CyTb ero neicTBHS 3aKJII0OYAETCS B TOM, YTO OH CBSI3bIBAET JIUNOPHIBHYIO TPYIILYy HEAaKTUBHOTO
GDP-cBs3anHOr0 G-0Oernka, B pe3ysbTaTe 4ero MOCIeIHUA JUCCOIMUPYET OT MEMOpaHbl. DTHM
ciocobom GDI n3onupyet HeakTuBHBIN G-0enok. AccounupoBannbiii ¢ GDI G-6enok He nmeer
BO3MOXXHOCTH B3aumojerictBoBath ¢ GEF (cnaiin 37, mpe3enTarus).

Nnaxtuamsa GTP-cBs3anHoil popmbl G-0Oenka ocyiiectsisiercs B pesynbrate GTP-azHoi
peakmuu. Otierienue Y-gocdara nmpuBoaut k odpaszoBanuto GDP, u G-6emok, Takum 006pazom,
nepexoauT B HeakTuBHYI0 GDP-cBsizannyto hopmy.



GTP-a3Hast aKTUBHOCTH, @, COOTBETCTBEHHO, W CKOpOCTh WHakTuBammu G-Oenka, He
SBJISIIOTCSI TOCTOSIHHBIMU. Tak, aKTUBHOCTb MOBbIIIaeTcs npu B3aumozaencTsun GTP-cBs3aHHOM
¢dopmbl G-O6enka co cBoed MulieHblO. [loMHMMO 3TOro, CyIIECTBYIOT CIEHUATU3UPOBAHHbBIE
peryssaTopsl akTMBHOCTH. OHHM HasbiBatoTcsi Oesku, aktuBupywmue GTP-azy nimu GAP
(GTP-ase activating protein). GTP-asnas aktuBHOCTH (G-0enkoB, cBsizaHHBIX ¢ GAP,
YBEJIMYHUBAETCS MATUKPATHO.

IPP®EKTOPHBIE MOJIEKYJIBI U BTOPUYHBIE MECCEH/IZKEPbBI

JddexkTopHbIe MOJIEKYJIbI SBISIOTCS KOMIIOHEHTAMH CHUTHAJIBHBIX CHCTEM, KOTOpHIE
Y4acTBYIOT B O6paBOBaHI/II/I BHYTPHUKJICTOUHBIX HHU3KOMOJICKYJISIPHBIX TIOCPECAHUKOB —
BTOPUYHBIX  MecceH/kepoB.  OddexToppl  Moryr  ObITh  (pepMeHTamMH,  KOTOpBIC
MPEUMYIIIECTBCHHO PACIIONIAraf0TCsl Ha TIa3MaTHYeCKONH MeMOpaHe, HiTH HOHHBIMH KaHaJIaMU.

BaxHbIM CBOWMCTBOM A(P(PEKTOPOB SIBISETCS HUX CIIOCOOHOCTh YCHJIMBATh CHUTHAJ,
MOCKOJIBKY HMX (YHKIMOHHPOBAHHE MPHUBOJAUT K OOpPA30BAaHHMIO 3HAYMTEIHHOTO KOJIHYECTBA
BTOPHYHBIX MECCEH/DKEPOB, TMEPEAAIONINX CUTHAT Ha NAIBHEHIINE KOMIIOHCHTHI CHUTHAJIBHBIX
neneii. Ilpm sTtomM omHa >QdexTopHas MOJIEKyJa MOXKET CIHOCOOCTBOBATH CTUMYJISIIHA
MHOYECTBa CUTHAJIbHBIX IOCPETHUKOB.

Coctosiaue 3(pPeKTOpOB 3aBUCUT OT BHEIIHUX CHTHAJIOB, HO aKTHBHOCTh KaXJIOTO M3 HUX
MOJIYJTUPYETCSl pa3IMYHBIMU CIIOCO0aMU, B 3aBUCHUMOCTH OT KOHKpETHOro THma 3(h(eKTopHOou
MOJICKYJIBI. Oun MOTYT IIOJIy4aTb CUTHAJI:

1) HemocpeACTBEHHO OT PELENTOPOB;

2) omocpenoBaHHO uepe3 OeIKOBbIE KOMIIOHEHThI CUTHAIBHBIX CHCTEM;
3) npu cBsI3bIBAHUM NEPBUYHOIO MECCEHKEPa (peLenTopbl-KaHaI0(pOpMephl);
4) noj BIUSHUEM BTOPUYHBIX MECCEH/IKEPOB.

S¢pexTopsl-hepMeHTHI KOBaJICHTHO MOJUUIIPYIOT cybcrpar, o0pazys
HU3KOMOJICKYJISIDHBIE ~ COCITUHEHHUS, BBIMONHSAIONIME pPOJIb  BTOPUYHBIX  MECCEHIIKEPOB.
BropuuHbie MecceHIKepbl 00/1aJal0T HECKOJIBKMMHU BaXXHBIMHM CBOMCTBaMHU. Bo-nepBbIX, OoHU
xopomo Au(GPyHAUPYIOT BHYTPH KJIETKH, a HEKOTOpble coeauHeHus (Hampumep, NO) jerko
IPOHUKAIOT B COCEJHHME KICTKH. BO-BTOPBIX, 3TO KOPOTKO JKUBYIIUE COEIUHEHHS: OHHU
paspymaiorcsi (EepMEHTAaTUBHBIM IyTeM WJIM CIOHTAaHHO. B cilydae HMOHOB CyIIECTBYIOT
MEXaHU3MBI, CIIOCOOCTBYIOIINE OBICTPOMY CHM)KEHHUIO MX KOHLIEHTPALUH.

O¢ddekrop, CUHTE3UPYIOUMA MOJEKYJIbl BTOPHUYHBIX TOCPEIHHMKOB, U (DEPMEHT,
CHOCOOHBIN pa3pyllaTh UX, COCTABISIIOT B KJIETKE CBOEOOPA3HYIO aHTarOHUCTHYECKYIO Hapy.
[Ipumepom Takol mapel MOTYT CIyXHTh aaeHwnar-nmkinasza (ALl) u gochonusrcrepaza (PI).
Karanutnueckast aktuBHOCT, OO HampaiieHa Ha paspyiieHue nukiandeckoro AMP (cAMP) —
BTOPHUYHOTO MECCEHKepa, KOTOphIi cuHTe3upyetrcst ALl DT ¢epMeHTHI HE TOJIBKO 00J1aAat0T
IPOTUBOIOJIOXKHBIMU CBOWCTBAMH, HO UMEIOT TAK)K€ B3aMMOMCKIIIOYAIOIIUI CIIOCO0 peryJisiuHm.
Ecin All akTuBHpyeTCsl NpH IOJYYEHHH OIPEAEIECHHOrOo CuUrHaiga, To @O B 3THUX yClIOBUSA
TepsieT akTUBHOCTh. OJTHAKO KOTJa JaHHBIA CUTHAJI OTCYTCTBYeT, TO All mHrHOUpYyeTcs, a DD,
HA00OPOT, MEPEeXOIUT B AKTUBHOE COCTOSIHHE. IIpOTHBOMONOKHO HampaBiIeHHas pPeryJisiius
AKTUBHOCTH 3TUX (DEPMEHTOB MO3BOJISET KJIETKE OBICTPO pearupoBaTh Ha BHEIIHUE YCJIOBUS, TaK
KakK crocoOcTByeT 3(pPEeKTUBHOMY CHHTE3Y WJIHM Pa3pyLICHUIO BTOPUYHBIX MECCEH/KEPOB MpPHU
COOTBETCTBYIOIIUX YCIIOBHUSX.

AJNEHWIATIHUKITIA3ZA U CAMP

Anenunnariukiasel (ALl) karamusupyror obpasoBanue nukiamueckoro AMP u3 ATP B
+
HNPUCYTCTBUU MOHOB Mg2 . B pesynbrare otmieruisiercss nupodochaTHas Tpymmna, a MEexXIy O-



docdarom u ruapokcuioM 3-ro aroma C ocraTka pubO03sl 00pasyetcs apupHas cBs3b (cnaiin 40,
Mpe3CHTALINS).
ATP — cAMP + PP,

Pacmerienne cAMP  ocymectBisiercs pepmentoMm dochonudcrepazoit (P3I). Drtot
(depMeHT THAPOIU3YEeT UMEHHO Ty (pocho-3dupHyIO CBs3b, 00pa3oBaHUE KOTOPOU KaTaTHU3UPYET
AL. Takum o6paszom, o aeiicteueM ocdonuscrepazsl cCAMP npeobpasyercs B AMP.

Brnusane cAMP  okaspiBaeT pa3HOOOpasHble (U3HOIOr0-OMOXUMUYECKHE JP(PEKTHI.
OCHOBHBIMH MOJIEKYJISAPHBIMH MHIIEHAMH CAMP sBisIOTCS pa3iauyHble TPOTEUHKHUHA3HI,
dbochopunupyromue O€NKHM, MHOTHE H3 KOTOPBIX, B CBOIO OYEpEeIb, TaKXKe SBISIOTCS
dbepmenramu-kuHazamu. CrnenoBarenbHo, CAMP MoXxeT 3amyckaThb KacKaibl KHHA3HBIX
peakiuii, IPUBOAAIINX K MIPOSIBJICHUIO OBICTPHIX U MEJUICHHBIX PEAKIIHI.

Y KHUBOTHBIX aJICHUJIATIMKIA3bI TPUCYTCTBYIOT B PAa3HBIX THUIAX KIETOK, TIE€ OHU
JIOKAJIM3YIOTCS, TPEUMYIIECTBEHHO, B IUIa3MAaTUYECKOM MemOpaHe. AKTHBHOCTh Takux Al
perynupyercs TOpMOHAMHU, TJIaBHBIM 00pa3zoM, yepe3 G-0enku. CyIiecTBYIOT TaKkKe pacTBOPUMBIE
dopmel pepmenta. K Hum otHocsaTcst AL criepMbl MiteKonATarOMMX U OakTepwid. bakrepranbHbie
Al y4acTBYIOT B Peryjsiliid aKTUBHOCTH KaTabOIWYeCKUX TeHOB. [Ipy HU3KHUX KOHIIEHTpAIUSIX
WM TIOJTHOM OTCYTCTBHH TJIIOKO3BI B cpene y Oaktepuid aktuBupyrotcs All, mpomyuupyromime
cAMP. Iuxmuueckuit AMP cBssbiBaercst ¢ CAP-GenkoM, KOTOpBIH PUCOEAMHSIETCS K
IpOMOTOpaM psila ONEpPOHOB, YCWIMBasg MX OJKcmpeccuto (cmaig 41, npesenrauus). B
pacTuTenbHBIX KieTkax Hamuuue ALl u yuactue cAMP B perynsTOpHBIX MPOIIECCaX OCTACTCA MOJ
BOIIPOCOM.

AJIEHWIIATIUKIIA3b] MJICKOMUTAIONIUX MPEICTABISIIOT CO00M CIOXHBIE HHTErpajbHbIC
OCJIKM TTUKOMPOTEeUHbl ¢ MoJieKyJisipHOl maccor 110-180 kJ[ (1064—1248 aMUHOKHCIOTHBIX
ocratkoB). [lonumentuanas menp Bcex MemOpanHbix ALl 12 pa3 mepecekaer memOpany,
dopMupys BE OTIENbHBIE CTPYKTYpPBI, KaKJasi U3 KOTOPBIX COCTOUT M3 6 TpaHCMEMOpaHHBIX
IOMEHOB (ciaiin 42, mpeseHTtaius). Ha BHemHel cTopoHe Mia3MaieMMbl HaXOJISATCS TOJBKO
HEOOJIBIIINE MEXKIOMEHHBIC TMOJUMENTUAHBIE YYaCTKH, KOTOPBIE YaCTUYHO TIMKO3WIMPOBAHBI
oJNMrocaxapuubiMu rpynnaMi. C HHUTOIUIA3MATUYECKOW CTOPOHBI HAaXOASATCA KOPOTKUH N-
KOHELl ¥ 3HauuTeNbHO Oombiuuii C-KOHEl MOJEKyJbl, a Takke OobIIoil (parmeHr,
PACIIOIOKEHHBIN MEXAy IByMs 6-IOMEHHBIMH TpaHCMEMOpaHHBIMH CTpyKTypamu. CpemaHuit
uToruiazMaTuueckuii  pparmenT m C-TepMHUHAIBHBIA Y4YacTOK MONMNENTUAHON wnenu ALl
(GOpMHPYIOT aKTUBHBIN IIEHTP (PEpMEHTA U yIaCTKHU CBA3BIBaHUS O-CyOBbeauHuIl G-OCNIKOB.

Monynauus akTuBHOCTH All MiexomuTammux ocymecTBisercs aByms Tumnamu G-
oenkoB: Gy w Gj. DTH OeNKM pa3nuyaloTCs TOJNBKO O-CYObEAMHHUIIAMH, CIIOCOOHBIMU
accouuupoBath ¢ aumepoMm Py oanoro tumna. Gy u Gj aKTUBUPYIOTCS Pa3HbIMH CUTHAJIaMU U
oka3biBatoT Ha ALl nmpoTuBomnonoxxHoe Bo3aelicTBre. [1pyu HaTMUMK COOTBETCTBYIOIIETO CTUMYJIIA
B-ampeHepruyeckue penenTopsl akTUBUPYIOT Gs-0emok, a a2-aapeneprudeckue — Gi-0emok. B
oboux  caywasx (G-OeNKM  JUCCONMHPYIOT, a  BBICBOOOXKICHHBIE  O-CYOBEIMHMIIBI
B3anMo/ieii-cTBYIOT ¢ ALl. AKTHBaNMs aJeHUIATIIMKIIA3bl IPOUCXOIUT BCIEICTBUE 00pa30BaHuUs
KOMIUIeKca ¢ o-cyOpemuanneii Gs-Oenka, Torma kak o-cyobenuamma Gi-Oellka yrHeTaeT
aKTHUBHOCTH ()epMEHTA.

B npouecce MmonynupoBanus aktuBHOCTH AL onpenenenHoe 3HaueHHe npuodpeTaroT Py-
JUMEPBI, KOTOPbIE OTHEISIIOTCS OT COOTBET-CTBYIOIIMX O-cyObenuHun. Cuuraercs, dYTO
CBOOOJIHbIE  [Y-KOMIUIEKCHI ~ CBSI3BIBAIOT  O-CyOBeAWHHUIBI ~ (G-OCJNKOB  JIpyroro  THIa,
npenoTBpaiias ux BiausHue Ha ALl

B Hacrosmee Bpems y MieKkonuTammux uacHTHGumupoBano 9 wuzodopm All. B
Pery/siid MX aKTHBHOCTH MOTYT yYacTBOBAaTh O-CyObCAMHHMIBI, [By-muMeps, uoHbl Ca’
KaIbMOAYJIUH. [IprueM B3aMMOJEWCTBHME ITUX CHUTHAJIOB YacTO MPOUCXOOUT C BBICOKOM
CTENEeHbI0 CUHEPTUYHOCTU. B psze ciayuyaeB aneHMIATLHKIA3a MOXKET paboTaTh Kak JAaTUUK
COBMAJICHUS, MOJIy4ast U MHTETPUPYS CUTHAIIBI OT JIBYX Pa3HBIX PeuentopoB uepe3 G-O0enku wiu
JIpyrue BHYTPUKJIETOYHbIE CHUTHAJIbHbIE MoJieKyjbl. [Ipm sToM 3aMerHas akTtuBauus (Wid



penpeccusi) MPOUCXOAUT B CIyyae, €CIM JBa pelenTopa pa3iMyHOro Kjlacca aKTUBUPOBAHBI
OJIHOBPEMEHHO.

3HAYNTEIIBHOE BIMSHUC Ha aKTUBHOCTH All Oka3bpiBaeT KoBaJieHTHAsI MOIU(DUKAIHS Ty TEM
dochopunupoBanus crneunpuyeckuMu kuHazamu. DPocopuiupoBaHre HU3MEHSET COCTOSHUE
Al TakuM 00pa3oM, 4TO OHA CTAHOBHUTCS B OOJBIICH (MM MEHBIIICH) CTENICHH BOCIIPUUMYHBA K
AKTUBALIMU PA3IUYHBIMUA CTUMYJIAMHU.

Perynamusa nmuxkanueckumM AM®P npoTenHKMHA3BI A y JKMBOTHBIX

[IporenHkrHa3pl A — 3TO CEPUH/TPEOHHMHOBHIE MPOTEUHKUHA3BI, AKTUBHOCTh KOTOPBIX
perynupyetrcsi cAMP. B HeakTUBHOM COCTOSIHMM NPOTEWHKHHA3bl A CYIIECTBYIOT B BHUJIE
tetpamepoB — C,R,, KoTOpbie cocTosT W3 ABYyX KartamuTuuecku akTUBHBIX (C) um OByX
perynsatopsbiX (R) cyobenunun. CTaOUiabHOCTE CTPYKTYpPbI TETpaMepa MoAAEpKUBAETCS 33 CUET
CMa0bIX B3aUMOJICUCTBUN MEXIY AaKTUBHBIM IeHTpoM yacTuil C U mceBaocyOCTpaTHBIMU
MOCJIEIOBATEILHOCTSIMU PETYJISITOPHBIX CyOBeauHuIl. JTa mnocieaoBareabHOCTh (—RRGAI-)
MOXO0Ka Ha MOCJEN0BAaTeNbHOCTh CyOcTpara, KoTopas moaBepraercs (hochopuaupoBaHUIO (—
RRGSI-), B xoTopoii BMecTo ananuHa (A) Haxoautcs cepuH (S). Kaxxnas R-uactuna umeer nsa
yuyacTka cBs3biBaHus CAMP. B pesynbrate npucoenuHeHus 4-x moinekyia cAMP k nBym
PETYIATOPHBIM CyOBeNMHHUIIAM, W3MEHSETCS KOH(OpMAalus TIOCIEIHUX, YTO CIIOCOOCTBYET
JTUCCOLMAIMU TeTpaMepa. ITO MPUBOAUT K BHICBOOOKICHHUIO JBYX OTAEIHHBIX KAaTaTUTHUECKU
aKTUBHBIX CyObenuHuUIl U qumepa R, (cnmaiin 43, nmpe3enTarnus).

CpoOoanble cyObenunauiibl C mpruoOpeTaroT cmocoOHOCTh (GocopuaupoBarh OEIKH,
UMEIOLIME  XapakTepHble MociefoBarenbHocTU. Ilociae  muccoumanum — TETpaMEPHOTO
HEaKTHBHOTO KOMIUIEKca ociabeBaeT cBsizb CAMP ¢ perynsaropasiMu cyobenuuuniamu, cCAMP
JMCCOLIMUPYET U paspymaercs (ocdoaudcrepazoil. Takum oOpa3zoM, peryasiTOPHBIN AuMep
MO’KET CHOBA MHAKTHBUPOBATh KaTaIUTUYECKUE CyOBbEIUHUIIBI ITyTEM CBSI3bIBaHUS. Ecnu kieTka
IPOJIOJDKAECT CTHMYJIMPOBAThCSI BHEUIHMM CHTHAJIOM, OJlarogapsi KOTOpPOMY TOJIEP>KUBAETCS
CHUHTE3 BTOPHUYHOTO MecceHpkepa CAMP, aktuHbie cyObenuanipl C OyayT CHOBA OTIEIATHCS
OT peryJsaTOpHbIX yacTull. [Ipekpalienue peneniuy curaaiga IpuBeeT K ObICTpOMY 3aTyXaHHUIO
MPOTEUHKUHA3HOW aKTUBHOCTH.

[IporennknHaza A Oblla BBISIBIIEHA BO BCEX JKMBOTHBIX KIETKax. JTOT (EepMEHT
BBIMOJIHSCT BaKHEWIME peryiaropHble (GYHKIUH, TOCKOIbKY (GocPopmiupyeT MHOTHE
[IUTOIUIA3MAaTHYECKUE U siZIepHbIe OCNKH, B TOM YHCJE TUCTOHBL. AKTHUBAIUs NPOTEHHKHHA3 A
OPUBOJUT K MOAYJSIMH AaKTUBHOCTU (PEPMEHTOB, TPAHCKPHUIIIMOHHBIX U XPOMATHHOBBIX
¢daxTopoB. Takum 00pa3oM, NPOTEMHKHWHA3bl A y4YacCTBYIOT B PETYJSATOPHBIX MeEXaHU3Max,
KOHTPOJIUPYIOIIUX HE TOJHKO META0OJUYECKYI0 AaKTUBHOCTh KIJIETKH, HO TaKXE 3KCIIPECCHUIO
T€HOB U IIPOLECCHI PEMOEINPOBAHNS XPOMATHHA.

DOOCODPOJIMITA3BI

®ocdonunazsl — 3T0 (HEepMEHTHI, KaTATM3UPYIONIME THAPOIU3 ONpPEIeICHHBIX d(PUPHBIX
cBs3eil B Mousiekynax ¢ochommmunoB (cmaiin 44, mpeseHTanus). B CHTHaNBHBIX TMYTSX
y4acTBYIOT pa3Hble (pocdonmnasbl, Hauboee BaXXHBIMU U3 KOTOPBIX ABISIOTCA (hocdomnumnazel C,
D u A; (cootBercTBeHHO, 0HU UMErOT 0603HaueHuss PLC, PLD u PLA;). AKTUBHOCTB BCEX 3THX
dochonunaz NpuBOIUT K 00Pa30BaHHIO LIEJOTO PsiJla BTOPUYHBIX MECCEHKEPOB, yUaCTBYIOIINX
B MOJIYJISILINN aKTHBHOCTH KOMITOHEHTOB KaCKaHBIX CUTHAIBHBIX CHCTEM.

®dochomunazsr D

®ochomunazer D (PLD) otmemnsaoTr TepMuHaNbHYIO — (ochordupHyro  CBSI3b
dochomununa o pocharuanoit kucnorsl (PtdOH) u BomopacTBoprMOii TOJOBHOM TpyNIbl. ITH
(depMeHTHI 00JIaal0T YHUKAIFHBIM CBOMCTBOM: B TIPUCYTCTBHH IEPBHYHBIX CIIUPTOBBIX TPYIII
OHM MOTYT TEpPEHOCUTb QochaTHIMI HAa CHOUPTHI € O00pa30BaHUEM COOTBETCTBYIOIIUX



docharunmnankoroneit. I[lomoOHast 0oOpaTHMOCTh KaTaIM3UPYEeMOW pEaKIuu s JIPYTHX
docdonumnaz He xapakTepHa.

@ochonumazer D cormacHo WX CcyOCcTpaTHOW CHeNU(DUYHOCTH H  TPeOOBAHHIM
JIBYXBAJICHTHBIX HOHOB MO/IPa3ACISAIOT Ha TPU TPYIIIBL:

a) oOpiuHble PLD mMEOT MakCUMalIbHYI0 aKTUBHOCTh MPU MHWUIMMOJISIPHON KOHLEHTpaluu
Ca®" (20-100 MM);

6) momudochonnozutua-zaBucumeie PLD (PI-PLD) nanbosiee akTHBHBI TPU MHKPOMOJISIPHOM
yposre Ca’" u cnenuduuanst k hocparumumnaozuTommonudocharanm;

B) docharnammuosuron-crenuduunsie PLD (PtdIn-PLD) siesorcest Ca® -He3aBHCHMBIMAL.

B pacrenusix mnpeoGmnagaior oObruHbie PLD, OoHM ke iydie BCEro HcCCIEI0BaHBbI.
BriiesieHHBIE W3 pa3sNMYHBIX HMCTOYHHKOB 0ObgHBIE PLD TOKa3bIBalOT 3HAYUTENHHYIO
TOMOJIOTHIO.

PI-PLD Owumn oxapaktepu3oBanbl B Arabidopsis, a PtdIn-PLD — B Catharantus roseus
(kaTapaHTyC PO30BBI{, B CaJJOBOJICTBE U3BECTHBIN 00JIbIIe KaK OAPBUHOK PO30BBIH).

TTOMHMO TJIaBHBIX TPEX KIACCOB, OCHOBAHHBIX B OCHOBHOM Ha TpeGoBammu, moHOB Ca’’,
PLD pa3penstoT Ha TpyHmbl COTIACHO aMHHOKHCIIOTHOM MOCIENI0BATENbHOCTH, APXUTEKTYpe
TCHOB M OMOXMMHUYECKHX CBOMCTB. Tak y Arabidopsis BeIeiIeHO Beero msTh kitaccoB: PLDa, B,
Y, 0 u €. bonpmucTBO PLD, MaeHTHGUIIMPOBAHHBIX Y APYTUX BUJIOB MPHHAAJIEKAT K KIACCy
PLDa.

Kamanaus u cybcmpamnas cneyudpuinocms

KnonupoBanHble H3 »3ykapuoTHueckux opranusmoB PLD coxmepkar nBa MoTuBa
HxKxxxxD, KoTOpbIe UCIIONB3YIOTCS B KauecTBe MapkepoB s uaeHTudukanuun PLD. Omxnako
TaKUe e MOCJIEJOBATEIBHOCTH BCTPEUYAIOTCS M B MOJEKyIax (Hocqoiaunua-cuHTE3UPYOMUX
(dbepMeHTOB, KOTOpPBIE OTHOCST K cymnepcemeiicTty PLD.

@®epmentsl  PLD  cynmepcemeiicTBa HUCHOJB3YIOT KOHCEPBAaTUBHBIM THCTHIMH  JUIS
HyKJIeopuiIbHOM ataku dochopHoi rpymsl cyocTpara. ['maponmn3 P—O cBs3u ocymiecTBiaseTcs
MyTeM JBYXIIaroBOM MHHT-TIOHT peakluH, B TMpoiecce KoTopoir Qocdaruaun cHagana
MpUCOEIUHSETCS K (hepMEHTY (TO €CTh BOBJIeKaeTcs GpochaTuami-pepMeHTHBIN TOCPETHUK).

BonpmmucTBO pactutensHbix PLD mMeoT mmpokyio cyOcTpaTHyro crenu(pu4HOCTh, HO
OTJIeNIbHBIE TPYNIBl IMOKa3bIBAIOT PA3IMYHYI0 CIOCOOHOCTh THUIPOIM30BATh OIpPEAETCHHBIN
cyoctpar. Hampumep, PLDa, B u v yrunusupytor pocharuaunxonut, pocharuaniadTaHOTaMUH
u docharmmunraunepon. Onnako PLDa cunbHO otinmduaercs ot PLDB u y mo tpebyemomy
YPOBHIO Ca”". Kpome Toro, PLDB wu 7y, B ommmuume ot PLDa, ruaponmsyrT Takke
docharununcepun u N-amundochatuaumdTanonamud. Hu ogun w3 ganHeix PLD  He
pacmrerisieT pocharuamInHO3UTON, PocharnammHO3UTON-4,5-1rudocdaT 1 KapAMOTUITHH.

Ca’"-HesaBucumsie  PLD, HA00OpOT, THAPOIU3YIOT (QochaTUIMINHOZUTON, HO HE
NEHCTBYIOT Ha (hocHaTHINIXOIUH U GochaTHIUIITAHOIAMUH.

Pezynayus u axkmusayusn

AxtuBHocTh PLD 3aBucut ot MHOrux (pakropos. Cpeau HUX Ca®", munuHEIA cocTas, pH,
uHosutonpocharst wm ap. Ha N-TepMuHaNIbHOM  ydYacTKE MOJEKYJ  PacTHTEIbHBIX
Ca*"-3aBucumbix PLD oOHapy’xeH Ca2+/q)oc@onnnnn—cm%maromnﬁ Y4acCTOK, Ha3bIBaEMbIN
C2-gomeHOM. DTOT [IOMEH THIHYEH TOJIbKO uisi pacTutTenbHbix PLD. Cas3siBanue Ca*"
CHOCOOCTBYET M3MEHEHUIO KOH(pOpMAalUU MOJIEKYJIbl, KOTOPOE HEOOXOAMMO JUIsl TOBBILICHUS
cpoacTBa pepMeHTa K MEMOpPAHHBIM JIUIHIaM.

PLDo.  npuoOperaeT  akTUBHOCTb  IHpU  (U3UOJIOTMUYECKUX  (MUKPOMOJISIPHBIX)
xonnenTpausax Ca”" u kucnsix 3uHavennsx pH (4,5-5,0) B NPHCYTCTBHH JIMIHIHBIX BE3UKYIL
PLDp u y MakcuManbHYI0 aKTUBHOCTh MMEIOT TIPH HEHUTPAJIbHBIX 3HAaYeHUsAX pH, mpu sToM mx
TpeboBaHue Ca”" He 3aBucHT OT pH.

Mexanm3m aktuBaniun  PLD  mpennonaraer CBsI3BIBAHWUE MOJICKYJBI  (pepmeHTa ¢
MeMmOpaHoil. PactBopumas ¢pakuus PLD sBasercs neaktuBHoil. Ilepepacmpenenenue PLD



MEXIY HUTOIUIA3MAaTHYECKOM W MEMOpaHHOM (PpakiusMH MPOUCXOAUT BO BPEMs Pa3BUTHSI U
CTPECCOBBIX BoO3jelcTBUN. BaxHbIM (akTopoMm aktuBanuu PLD sBhsitoTcs ocuuuisiiuu Ca®".
Wousr Ca®" noesumaror apduanocts C2-10MeHa K MeMbpanubM (ochomumuaam. Cumraercs,
yTO0 UMEeHHO C2-10MEH SBJIAETCS OTBETCTBEHHBIM 3a BHYTPHMKJIETOYHYIO TpaHciaokauuio PLD.
Ycunenne cszpiBanus PLD ¢ memOpaHaMu MOXXET MpeNCTaBIsATh cOOO0M OBICTPBIA M paHHUIA
9Tal akTUBALMK (PepMEHTa B YCIOBHSIX CTpecca.

Knemounaa ¢pynxyus

Karanutuueckasa aktuBHocts PLD HaOnrogaercs Ha pa3HbIX 3Tanax OHTOI€HE3a pacTeHUi
U UMEET BaXXHOE 3HAYCHHE MPHU IIUPOKOM CIEKTpe aOMOTHYECKHX U OMOTHYECKHX CTPECCOBBIX
BO3JICUCTBUM.

PLD BBINONHSAIOT UEHTPAIbHYIO POJb B CTPECCOBBIX PEAKLUMIX PACTEHUM, B KOTOPBIX
ONOCPENYIOT JeicTBHE cTpeccoBbIX TOpMOHOB (ABK, jxacMoHara, 3TuiI€Ha) U UX NMPOLYKIUIO.
OpnuM w3 pokaszarenscTB ydactuss PLD B cTpeccoBBIX peakuusx sIBISETCA TO, YTO NPOIYKT
KaranuTudeckoi aktuBHoctTH PLD — docdaruanas kucnora (PtdOH) — BeI3bBaeT 3ddexr
neiictBuss ABK. D10 ObUIO MPOAEMOHCTPUPOBAHO HA IMPOTOIUIACTAX aJEHPOHOBBIX KIIETOK
STAMEHS ¥ 3aMBIKAIOIINX KJIETOK yCThHIl Vicia faba.

PLDo mMmeer pelaroniee 3Ha4Y€HWE B PETYJISILUM 3aKPbIBAHUSA YCTBHIL, MHIYLHMPYEMOIO
ABK npu BonHoM ctpecce. B 3ambikatomux kinerkax ABK akruBupyer PLDa, a oOpasyromasics
npu 3ToM (QocdaTuaHas KHCIOTa PETYNUpYeT NalbHEHIINE COOBITHSA, KOTOPhIE MPHUBOAAT K
VHTHOMPOBAHMIO TOromamux K'-KaHamoB ¥ 3aKpeIBaHMIO YCTBHMIL. B ycioBmsx
HEJIOCTAaTOYHOTO BOJOCHaOXKeHUsi cTtuMmyiupyercs odkcnpeccuss PLDa. DOxcmpeccuss u
aKTUBHOCTH Apyrux BuaoB PLD npu BomHOM cTpecce He u3mensercs. [lokazano, uTo penpeccust
PLDo oka3biBaeT HEraTUBHOE BIMSIHUE HA Pa3BUTHE HOPMAJIBHON CTPECCOBOU PEAKIUU, IPUYEM
npyrue Tunbel PLD He MOryT KOMIEHCHPOBATH HEAOCTATOK akTUBHOCTH PLDa.

HccnenoBanne ypoBHSI DKCIIPECCHMU TEHOB IOKAa3allo, 4TO pasznudyHbie u3odopmbl PLD
MMEIOT HEOAMHAKOBOE 3HAUYEHHUE B CTPECCOBOM OTBeTe. llpn MeXxaHM4ecKoM NOBpEXIECHUU
muctheB Arabidopsis Bospactaet skcmpeccuss reHoB PLDP, PLDyl u PLDy2, Torma kak
aktuBHOCTh PLDol Bo3pacraer 3a cueT mnoBblmeHUS a(@UHHOCTH MPeaCYLIECTBYIOIIErO
¢depmenta k MmemOpane. OTHOCUTENBHBIM YpOBEHb 3Kcrpeccuu pa3nudabix PLD ornnuaercs y
Arabidopsis pu BO3I€HCTBUH MTOHMKEHHOW TEMIIEPATYPhI, TSDKEIIBIX METAJUIOB, COJIH, 3aCyXH, a
TaKkke cTpeccoBbIX TopMoHOB ABK u »xacmoHoBoO# kucinotsl. Kpome Toro, onnu PLD Bcerna
MPUCYTCTBYIOT B KJIE€TKaX, a APyrue ABISAIOTCS MHAyuupyeMbiMu. Hampumep, u3 asyx PLDa y
C. plantagineum ogna — CpPLD1 — sBnserca KoHCTUTYTHBHOHM, a apyras — CpPLD2 —
CTUMYJIUPYETCSI IeruipaTaluen.

W3BecTHO, 4TO B KUBOTHBIX M JIPOXKEBBIX KJIeTKax ¢ocdonumassl D ydacTByroT BO
BHYTPUKJIETOYHOM TPAHCIOPTE BE3UKYJ, CEKPELMHU, MepecTpoiike nuTockenera u ap. [Ipoxykr
KATAIMTUYECKONM akTUBHOCTU PLD CTUMyIMpPYIOT NPOTEMHOBBIE KWUHA3bl, JTUIUIHBIE KUHA3BI,
docdarazer u pochoymmnasel. Tak, pocharugHas KHCIOTa CTUMYIUPYET MHOTHE TIPOTECHHOBHIC
Ca’"-3aBucumble u Ca’'-He3aBHCHMBIC KHHA3B, B TOM WHCIIE, nporeunkuHazy C, MAPK
(MUTOTE€H-aKTUBUPYEMYIO IPOTEMHOBYIO KuHa3y), Raf-kunazy. Taxke y KHBOTHBIX
docharunnas xucnora onocpeayeT akTuBHOCTH NADPH-okcuaassl, 4To JOKa3bIBaeT ydyacTue
PLD B KOHTpPOJIE OKUCIUTEIBHON BCIIBILIKH.

Muorue nono0usie pynkuuu PLD u mpoaykToB ee karann3a MOKa3aHbl U JUISl PACTCHHIA.
Hanpumep, npoTenHOBBIE KWHA3bI aKTUBUPYIOTCS y pacTeHuid (ochaTuaHoi KUCIOTONH B OTBET
Ha paHeBoe Bo3zzeiicTBue. Taxxke PtdOH akTtuBupyeTr pepMeHTHI, BOBIEKaeMble B CUTHAJIbHBIN
Kackaz: gocponnosuron-S-kunazy, PLC u PLA,.Onnako pons PLD B anucurop-uHIynupyemon
MPOAYKIIMH aKTUBHBIX (DOPM KUCIOPOAA OCTAETCS HESCHOM.

B OGonpmmuCcTBe ciyyaeB aktuBauus PLD compoBokmaeTcss MOBBIMIEHUEM AaKTHBHOCTH
PLC. Opnako Ha KJIeTKax XJIaMUJOMOHaAbl ObUIO MoOKa3zaHo, uyTo mnpu BiausHuu KCl B
OTHOCUTEJIPHO HH3KUX KOHUeHTparusax (50-75MM) u apyrux coseil, He 00Jagaronmx
OCMOTHYECKH aKTUBHBIMH CBOWMCTBaMH, crnernuduuecku aktuBupyercs PLD 6e3 moBbimeHus



aktuBatmn  PLC u  ¢docdarmparkunaszel. OTOT 3¢¢ekT ObUT CBS3aH €O CHIDKCHHEM
BHekJeTouHoro pH 6narogaps aktuBanuu H+-ATdaszbl.

dochoaunaszsr C

@®ochomumazer  C  (PLC) ruapommsyror  mmnepodochaTHyro  IPUPHYIO — CBS3h
dochonunumoB B mporecce yero obOpasyrorcs auarnuaraunepon (JAD) u  cBobogHas
dochopunrpoBaHHast TOJIOBHAS TPYIITIA.

@®ochomunazer C — nOUTOIUIa3MaTHUECKUE MOHOMEpHbIE Oenku. MonexkyspHbie
CTPYKTYpPBl Pa3NWYHBIX H30()OpM HMMEIOT CXOJHBIE M YHHUKanbHble 4YepTbl. Ha N-koHIax
NONUNENTHAHBIX wneneld Bcex (ocdonunasz C noKanM30BaHBl yYacTKU, HEOOXOIWMBIEC s
npucoeuHeHusT pepMeHTa K MmeMmOpane. C-KoHIeBasi 00JIacTh 00ECIIEUNBACT JOTIOTHUTEIIEHBIC
Y4aCTKH CBSA3BIBAHUS MOJIEKYJIBl C MEMOPAHOMN U BBITIOTHSET PETYJISITOPHBIE (PYHKIIMH — Yepe3
Hee OCYIIECTBISETCS B3aMMOJCHCTBHE C PETYIATOPHBIMH Oenkamu. J[Ba KOHCEpBaTHBHBIX
nomeHa ¢opmupyroT B monekynax PLC karanutudeckuii neHtp. [lpuyem 3T 1OMEHBI MOTYT
OBITH PACIIONIOKEHBI OJHM3KO APYyr K Jpyry, WIH pa3leNeHbl OONBIIOW aMUHOKHCIOTHOU
MOCNIE0BATEIbHOCTRIO, KOTOpas BKIIOYAET YYaCTKHU, HEOOXOAWMBbIE MJis CBSI3bIBAHUS C
PETYJIATOPHBIMH OEJIKaMHU.

CornacHo cyOctpartHoil cneruduanocTd U QyHkuuu PLC MOXHO moapa3fenuTh Ha TpU
TPYIIIBL:

1) momudochonHO3UTHI-3aBUCUMBIE PLC (PI-PLC) THUAPOITU3YIOT

docharuannnozuTonoNINpochatsr;

2) wmecnieuduunsie PLC  (takke ortHocsaT kK PtdCho-PLC)  nmeifictByror Ha
bochaTuANIXOTUH U AL APYTHX POCHOTUIHIOB;

3) rmukosmndocharuammmnosutoi-cnerupuuasie PLC (GPI-PLC) otmemnnstor Oenku
(TTMKONPOTEUHBI), 3asSKOPEHHbIE Ha MeMOpaHax C IMOMOIIbIO TJIMKO3UIHBIX CBS3EH
yepe3 dhocharuaumuno3utos. GPI-3askopeHHbIe OCTKH SBISIOTCS SKCTPAKICTOUYHBIMHU
U (QYHKUMOHUPYIOT B KauecTBe (epmeHToB (dochartaspl, HHUTpaTpeLyKTa3bl),
pEeLenTopoB, B3aUMOJEHCTBYIOIIMX C  OKCTPAKJIETOYHBIMU  JIMTAHAAMH, WU
MaTPUKCHBIX OEJIKOB KJIETOUYHOW CTEHKH (apaOMHOTaIaKTaHIIPOTEHH).

Cpenu mepednciaeHHbIX TPYII Haubojee M3yUYEHHBIMH SIBISIOTCS MOIUPOCHONHOZUTHI-
3aBucumble PLC. V xuBoTHbix m3BecTHblie PI-PLC moapasnmenensl Ha Tpu kiacca f3, Y u 0.
Pacturensapie PI-PLC nHambomee Onm3ku 1o pasmepy M JoMeHHOH crpykrype k PI-PLCS
*uBOTHBIX. Bce pacturenvubie PI-PLC conepxxar momennt X (=170a/k) u Y (=260a/k),
HeoOxoaumble A docdorcTepa3Hoil akTUBHOCTH, a Takxke C2-momen Ha C-TepMUHATBHOM
yYacTKe MOJEKYJIbI, dYepe3 KOTOphlii ocymecTBiuseTcsi Ca’ -3aBHCHMOE  CBSI3BIBAHHE
docharuaunHO3UTONA.

Kamanus u pezynayusa

®ochommmaza C wmiekormraromux PI-PLCS1  cBsi3piBaeTcss ¢ MemMOpaHamMu — depe3
PH-nomen, xoTopsrii cnenuduuecku cBsa3piBacT GhocharuananHo3uTon-4,5-mudocdar. 3atem B
npucyTtcTsun uoHoB Ca’’ C2-moMeH (DUKCHpYeT KATATHTHYCCKHil JOMEH B KOPPEKTHOM IS
AKTHBHOCTH OpHeHTaIuu. JIBa 0CTATKa MHCTHIMHA aKTHBHOTO IIEHTPa COBMECTHO ¢ HOHaMu Ca’
OINOCPEIYIOT KaTallu3.

MexaHu3M KaTaiau3a pPacTUTENbHBIX M JKUBOTHBIX (ocposmnaz C, Kak CUHUTAIOT, BO
MHOTOM CXOZEH. DJTO CBSI3aHO C TEM, 4YTO B CTpyKType pactutenbHbix PLC oOHapyskeHbI
KOHCEpBATUBHbIE YYacCTKH, HEOOXOIUMBIE Ul KaTaTUTHUECKOW akTMBHOCTH: C2-1O0MEH M /Ba
ocrarka ructuanHa. Bmecte ¢ tem, PH-nomen y pacturensnbeix PI-PLC He BbIABIIEH, IO3TOMY
MpeAnoaracTcs THOM MEXaHW3M B3auMOJIeHCcTBUs (hepMeHTa ¢ MeMOpaHamu. PaccmaTtpuBaeTcst
BO3MOXHOCTh ~ HEKaTaJIUTMYECKOTO  CBs3bIBaHUSA  (ocdaruaunuHozuton-4,5-audocdara
ydacTkoM MousiekyJsibl PI-PLC B paitone aktuBHOTO 11eHTpa. Takum oOpazom, B otauuue oT Pl-
PLC mnexonuraromux, Ajas KOTOPbIX XapaKT€pHbl MHOXXECTBEHHBIE CAWThl B3aUMOJECHCTBUS C



MemOpaHnamu, pactutenbHblie PI-PLC cBs3piBatoTcss ¢ MemOpaHOW OJHMM ydacTkoM. Kpome
TOTO, IOTIOJIHUTENIbHBIMU y4acTKaMu B3auMoaencTsus PLC ¢ MemOpaHaMu U y KHMBOTHBIX, U Y
pacTeHuil MOTYT CIIy’)KUTh MEMOpPaHHO-CBSI3aHHBIC CHTHAJIBHBIC MOJIEKYJBI, 4Yepe3 KOTOpbIe
ocyl1ecTBiseTcs akTuBaus Gocdonunas (G-0enku, pelenTopHble KMHA3bI U Jp.).

Wonsr Ca*" MOTYT peryiupoBatb akTUBHOCTh PI-PLC nByms crocobamu: oHM BIMSIIOT Ha
Katanu3 W Ha 2(GEeKTUBHOCTh CBs3bIBaHUS (epmeHTa c MemOpaHoii. KioHupoBaHHBIE
pactutensabie  PI-PLC mpu  QH3HOMOrMYecKHX (MHKPOMOJSPHBIX) KOHIEHTparmsax Ca’™
OpeInoynuTaloT B KadecTBe  cybctpara  docdhatuaunuHosuton-4,5-gudocdar, npu
MITEMOJISIPHEIX KoHIeHTpanusax Ca’  — docharnammmnosutor. To ecTh MPH MOBBIMICHHBIX
KOHIeHTpauusax woHoB Ca’" cHmkaercs crmemudmunocts PI-PLC [0  OTHOMEHHIO K
docharumummnaosuTon-4,5-mudocdary. B kieTkax pactenmii o0HapykeHa akTuBHOCTH PI-PLC,
accOlIMMpOBaHHasg ¢ MeMOpaHaMM W B pacTBopuMon ¢pakiuu. Jlns mepBoil xapakTepHa
AKTHBHOCTH TIPH MUKPOMOJISIPHBIX KOHIIeHTpammsx Ca’', a [us BTOPOif — IPH MATTAMOJSPHBIX.
OTa 0COOEHHOCTh SIBJISETCS JOKa3aTelIbCTBOM TOro, uto akTUBHOCTH PI-PLC monymupyercs
MIOMHMO BCETO CYOKIIeTOUHOMU Jokanu3anuei ¢pocdomunas C.

Mopynsuua aktuBHoctd PI-PLC y MileKOnmUTaOmMX OCYHIECTBISETCS pPa3InYHBIMHU
cnocobamu. Tak, PI-PLCB aktuBupyercs o-cyobenununeii Ggq-Oemka, PI-PLCy —
pPELeNTOPHBIMA M HEPEUENTOPHBIMA THPO3UH-KMHa3aMH, a PI-PLCO1 MoxeT akTUBHUpOBATHCS
o-cyObenununen rereporpumepHoro Gp-6enka u ManbsiM G-6enkom RhoA. Jlnst pacTuTenbHBIX
PI-PLC noka3zaHo, 4TO B UX PeryJsiliid NPUHUMAIOT y4acTHe MOHOMepHble G-OeKu, 0JHaKO
MoJIpOOHO JaHHBIN BOMPOC HE UCCIIEOBAH.

B wmexanusme perymsaiquu  aktuBHOCTHM PI-PLC BaxHbIM sIBileTcs MOAAEp)KaHUE
OTIpEIeIEHHOTO YPOBHS PAa3IMYHBIX U30GOpM 3TUX (epMeHTOB B TKaHsiX. OOHapyXeHO, 4TO B
pa3HBIX TKaHSAX HAOMIONAeTCs COOTBETCTBYMOLIME 00pasubl skcnpeccun renoB PI-PLC. Kpowme
toro, TeHwl, komupyrome PI-PLC, nmuddepennmanpbHo  sKCOpeccHpyroTcs — IpH
COOTBETCTBYIOIUX BHEIIHUX YCIOBUsAX. Hampumep, npu 3acyxe B JTUCTBAX KapTo(ens ypOBEHb
tpanckpuntoB PLC1 nonmxkaercsi, PLC2 noseimaercs, a PLC3 ocTaeTcss HEU3BMEHHBIM.

ITpodyxmoL u pepmenmovr modudurayuu Gochamuduirunodumona

[Momudochonnozutua-3aBucumbie  pochonunazel C  pacHieruissioT  pa3HbIE  BHJBI
docharunununosutuaoB. He Bce 3T cyOcTpaThl HMMEIOT CHUTHAJIBHOE 3HadyeHue. Pan
(dbepMEeHTOB, KOTOpPBIE KOHTPOJHMPYIOT (ochoprinpoBanue (HochaTuauInHO3UTONIOB, CIEIyEeT
paccMaTpuBaTh B KayeCTBE CHTHAJIBHBIX SH3UMOB, IOCKOJIBKY OT MX AKTHBHOCTH 3aBHUCUT
KOHIICHTPAIUS MPEANICCTBEHHUKOB BTOPUYHBIX MECCEH/IKEPOB.

[Monspuerii  memOpanubli  junug — ¢ocharuanmuuosuton  (PI)  cuHTesmpyercs
NEPBOHAYAIILHO B He(pocHOpUIMPOBAaHHOM BHJE, a 3aTeéM MOJBEpraercs KOBaJEHTHBIM
MouHUKAIMAM yTeM GochopunpoBanus u aedochopunupoanus (cnaiia 50, mpeseHTanus).

NuozutonsHoe Kombilo Gocharuaumunosurona (PI) pochopunupyercs mo monoxeHusM 3,
4 n 5 cnenuduueckumu kuHazamu. CyOcTpaTHas CrenU(pUYHOCTH 3TUX KHHA3 M HAOOPHI
npoaykToB ¢GocopunupoBaHuss y PpacTeHMH M IKUBOTHBIX HE SBJSIETCS aOCOIIOTHO
uneHTHuHeIMU. Hampumep, y pacrenuit gochaTuIuInHO3UTON MOKET ObITh OJZHOBPEMEHHO
docopmMpoBaH TOJBKO MO ABYM TOJIOKEHUsM: 3 1 4; 4 1 5 wim 3 U 5, TOT/1a KaKk B KIIETKAX
YKUBOTHBIX MPUCYTCTBYIOT TpkAbl GochopunupoBannsiii PI mo monoxenusm 3, 4 u 5. Bropoe
pasnuure 3aKIIoYacTcs B TOM, 9YTO IO TPEThEMY IOJIOKEHHIO HWHO3WUTOJA Y pacTeHHM
docopmnupyercss  Toabko  pochaTUAMINHOZUTON, HO He ero ¢GocPopuInpoOBaHHbBIE
npoun3BoHbIe — (pocaruammmHozuToNhoCchaTh! (hochaTHINITHHOZUTHIBI).

Kpome xuHa3 oOHapyskeHbl Takke crenupudeckue docdarassl, yaansionie dpochopHbie
Tpynmbsl u3 MOJekyn ¢ochaTunmmmHo3utuaoB. CorimacoBaHHas paboTta kuHa3, Qocdaras, a
Takxke (ocdonunaz crocoOCTBYeT MNONACPKAHUIO B KIETKaX OINpPEIENEeHHbIX KOJIUYECTB
COCIMHEHUH, HEOOXOIMMBIX IS MHOTHX KJIETOYHBIX IPOIIECCOB, TaKWX Kak (opmupoBaHme,



TPAHCHIOPT M JIOKMPOBAHWE BE3WKYJ, IMpPHUBICYCHHE K MEMOpaHEe W MOIYJISAIUS aKTHBHOCTH
(epMEeHTOB U PEryNATOPHBIX OETKOB, a TaKXkKe Mepefaya BHYTPUKIETOUHOTO CUTHAIA U MHOTHX
TPYTHX.

®ocharuanaunozuton-3-gpochar (PI-3-P) BakeH 1 Tpaduka Be3MKyl K BaKyold,
nponudepanyo KISTOK H OpraHu3anuio IuTockenera. Kpome toro, PI-3-P  sBisercs
MPOMEXKYTOUHBIM TPOAYKTOM CcHHTe3a (ochatuaununo3uton-3,5-agudocdara (PI-3,5-P,).
O6pazoBanue PI-3-P y pacrenuii katanuzupyetcs GochaTuauInHO3uTOI-3-KUHA30M, KOTOpas
docdopunupyer PI no pocharnaununosurton-3-pocdara.

®ochaTnanannosuton-4-gpocpar (PI-4-P) yuacTByeT BO BHYTPUKIETOYHOW pOTALUU
MeMOpaHHOro Matepuana. O BaXKHOCTH POJIM STOTO COSAMHEHUS CBHJIETENBCTBYET TOT (haKT, UYTO
«HOK-ayT» MyTalys [0 OJAHOMY H3 reHoB PI-4-kuHasel y Arabidopsis AtPI4Kp npuBomur K
MHTHUOMPOBAHUIO BE3UKYJsApHOro TpaHcrnopta Ha 50%. W3BecTHsl aBe rpynmnbl (EpMEHTOB
dochaTnanINHO3UTOI-4-KUHA3! MeMOpaHOCBSI3aHHBIC (45-55 k) u Oozee
BBICOKOMOJICKYJIIpHBIE, MpenMyIiiecTBeHHO pacTBopuMblie (110-210 /). ¥V pacTeHuit HaiineHbI
TOJILKO MEMOPaHHOCBSI3aHHBIE TOMOJIOTH.

dochaTuananHo3uToA-5-pochart (PI-5-P) paccMaTpuBaeTcs KaK BaKHBIN
npemecTBeHHUK  pochatuammnosuton-4,5-mudpocpara (PI-4,5-P,). Huoit cnemuduueckon
dbyHKIMH TOTO coennHEeHUs He BbIABIeHO. Conmepxanue PI-5-P y pactenmii HamMmHOTO BBbIIIE,
YyeM y JKHMBOTHBIX. EciaM B JKMBOTHBIX cucTemMax KoHueHTpauus PI-5-P, xak mnpaswuio, He
npesbiiaet 2% ot odiiero coaepxkanus pochatuaunnHo3uToNdochaToB, TO Y paCTEHUN MOKET
BapbupoBaTh B mpeaenax oT 3 go 18%. Mexanusm oOpazoBanus PI-5-P okxoHuaTenbHO
HEeBbISICHEH.  He  uckiIrowyaercsa, YTO  €ro  CHHTE3  MOXET  KaTalu3UpOBaThCS
docharuanannosuton-4-¢pocdar-5-kuHa30ii, 4T0 OBLIO MPOAESMOHCTPUPOBAHO in Vitro. XoTs
ClIeayeT 3aMeTHTh, YTO OOJBIIMHCTBO ()EPMEHTOB, Y4YaCTBYOIIMX B 00pa3oBaHUU
docdopunupoBanHbix popMm QochaTuaNIMHO3UTONA, UMEIOT OoJiee MIMPOKYIO0 CYOCTpaTHYIO
cnenu(UIHOCTH in Vitro, Mo CpaBHEHUIO C in vivo. Bropas, u Gomnee BeposiTHAs, BOSMOXKHOCTB!
npoaykuust PI-5-P u3 PI-3,5-P,. B mauane 2000-x rr. y UBOTHBIX ObUI HIEHTU(GUIIUPOBAH

dbepmeHT uHo3uTOIIIMNNA-3-pocdarasa (MTMR3), KOTOPBII cnenuduuecku
nedocdopunuponan PI-3,5-P, no PI-5-P.
dochaTuananno3uton-3,5-nudocdar (PI-3,5-P,) CUHTE3UPYETCS u3

dbocharunununosuron-3-pochara (PI-4-P) docharugunnnoznron-3-gpocdar-5-knnasoii.
PI-3,5-P, mpuHnMaer yyactue B (yHKIMOHUPOBAHUH BAKYyOJH. DTO COCIMHEHHE UCIIONb3YEeTCS
JUIs TPUBJICUEHUS M CIMSHUSA BE3UWKyJl ¢ ToHomiuactoM. [Ipu ocmoTHueckoMm cTpecce,
yMEHbIIaeTcsi 00BEM BaKyOJU M, COOTBETCTBEHHO IUIOIIAJb MOBEPXHOCTH TOHOILIACTA. OJTO
oTpaxkaercsd Ha 3((HEeKTUBHOCTH pabOThl TpaHCMEMOpPAHHBIX MEPEHOCYMKOB U IOAJIEpKAHUU
TpaHCMEMOPAaHHOTO TpaJMeHTa MPOTOHOB HA TOHOIUIACTe. B KadecTBE KOMIIEHCATOPHOTO
MeXaHu3Ma y JIpoxokedl HaOmomaercs (parMeHTanusi BakyoJdM Ha HECKOJBKO YacTe — Tak
YBEJIMYMBAETCSl CyMMapHasl IUIOIa b TOHOIUIacTa. ¥ MYyTaHTOB, HE cuHTe3upyromux PI-3,5-P,,
JAHHBIM MeXxaHu3M HapyuieH. Kpome Toro, 3TOT JUNUJ CTUMYJIUPYET aKTUBHOCTh BaKyOJISIPHOM
H+-AT®a3zs1. Takum o0Opazom, c y4acTUEM PI1-3,5-P; KOHTPOJUPYETCS
LIEJIOCTHOCTH/()parMEHTapHOCTh  BAaKyOJdHM U  TMOAJIEPKUBAECTCA TOHOIUIACTHBIA  TpaJUeHT
IPOTOHOB HA COOTBETCTBYIOLIEM YypoBHE. (CuuTaercs, 4YTO NOJOOHBII MEXaHU3M
(YHKLIHOHUPYET y pacTeHUH.

®ocharnanannosuron-4,5-nudochar (PI-4,5-P,) asnsercs Hambosee BaKHBIM Cpeau
bochaTHINIMHOZUTUIOB COCAMHEHUEM Ui (PYHKUIHMOHUPOBAHMS CHUTHAJIBHBIX MEXaHU3MOB C
yaactueM (ocdonunasel C. ObpazoBanue PI-4,5-P, karamusupyercs gochaTuaninHo3nTo-4-
dochar-5-kunazoii u3 docharugununoszuron-4-pocpara (PI-4-P). IlpeamonoxutensHo B
reHoMme Arabidopsis kogupyercs 9 reroB PI-4-P-5-xunasel. Conepxanue PI-4,5-P, B kierkax
BBICIIMX pPacTEHU Ha TOPSAOK HMIKE, YeM Y XMBOTHbIX. OJHAKO 3TO BOBCE HE O3HAYaeT
MEHBIIIYI0 3HAUMMOCTh JJAHHOTO cOoeAMHEHus i pacteHuil. Huskoe conpepxanue PI-4,5-P,
HOJIEP’)KUBACTCS UCKITIOYUTENBHO 3a CUET BBICOKOW akTUBHOCTH (ochonunazel C B yCIOBUSX,
IPU KOTOPBIX CTUMYJMPYETCS JaHHAs CUTHAJbHAs cucTema. Y BOJBBOKCOBOW BOJOPOCIHU



Chlamydomonas ipu TUTIEPOCMOTHYIECKOM CTpPECCE TOBBINICHHE aKTUBHOCTH (ochonmmassl C u
cHwkeHue ypoBHs PI-4,5-P, nabmogaercs dyepe3 30 ceKkyH[ Mocie CTUMYJISLUN CUHTE3a 3TOro
dochonmunuma. Ha Arabidopsis ObUIO MOKa3aHO, YTO B KIETOYHOW CYCIICH3MH M WHTAKTHBIX
pacTeHHUAX OCMOTHMYECKHI CTpecc NMPUBOIUT K 8—25-KpaTHOMY IOBBIIIEHUIO KOHLEHTPALUU
PI-4,5-P, uepe3 10-20 MUHYT U 3TO CONPOBOXKIAETCS 3HAYUTEIBHBIM IOBBIIICHUEM YpPOBHS
uHosuton-1,4,5-tpucocdara (IP;). Ha ocHOBaHMM 3THX JaHHBIX [EJIA€TCSI BBIBOJ, YTO
aKTUBHOCTH (oconmmnazel C cTUMyIUpyeTCs MOBBIIIEHHEM ypoBHs cyoctpara (PI-4,5-P,) u B
psizie ciryyaeB He TpeOyeT MHBIX MEXaHU3MOB aKTHBALIUU.

Curnansuass ponb PI-4,5-P, ompenensiercss He TOJBKO TeM, 4YTO OH SIBIAETCS
IpEeIEeCTBEHHUKOM BTOpUYHOro Meccenmkepa IP;. OO6napyxkeno, uto PI-4,5-P, sBnsercs
CaiTOM  CBS3BIBAHUSI  PETyNsATOpa TeHHOM akTUBHOCTH — Oenka Tubby. Oror
TPAHCKPUIILIMOHHBIN (akTop mpucoeauHserca kK MeMmOpane dyepe3 PI-4,5-P, mocpeactBom
KapOOKCHUTepMHHAIBHOTO oMeHa Tubby (110 HaMMEHOBAaHUIO 3TOTO JIOMEHA HA3BIBAIOT OEIIOK).
B moment axktuBanuu ¢ocdonunaza C BeicBoOOkIaeT Tubby-0enok, KOTOpbIE MUTPHpPYET B
AP0 U MOJYJUPYET aKTUBHOCTb IKCIPECCUN CHEUPUUIECKUX TEHOB.

[TomuMo curnanbHOM ponu, npeamnonaraercs ydactue PI-4,5-P, B TpaHcmopre BE3HKYIL.
P1-4,5-P,, mo-BumumMoMmy, peryJMpyeT IWHAMUYECKOE COCTOSIHHE aKTHWHA uepe3 MpoQivH
(G-aktuH cBs3pIBarommii  Oenok). JlokambHoe Hakoruienwe PI-4,5-P, Ha mazmanemme
CHOCOOCTBYET HANpPaBIEHHOMY 5K30LUTO3Yy, B pe3yibTaTe KOTOPOTo KJIEeTKa OyIeT pacTu B
onpezaeneHHoM HanpasieHud. [logoOHbIN Mexanu3M ¢ yuactuem PI-4,5-P, ocymectBusieTcs npu
(GopMUPOBAaHNN KOPHEBBIX BOJIOCKOB U IPOPACTAHUU IBLIBIIBL.

Knemounasa ¢ynryus PLC

Curnanunr, omnocpenoBanHblii PI-PLC, sBnsercs BakHbIM [Jii OTBETa pacTeHUM Ha
pa3uyHbIe CTUMYJIBI, BKIItoUas ocMoTtuueckuii crpecc, ABK, cBer, rpaBuTanuio, Bo3encTBIe
natoreHoB u 3arpssHeHue. llokazano, nHanpumep, uyto PI-PLC npunumaror ywactue B
CUTHAJTLHOM KacKaJie, KOTOPBI MPUBOIUT K CBeTO3aBUCHUMOMY (ochopunmpoBanuio DIII-
KapOOKCUIIa3HbI.

B JXKMBOTHBIX CHCTEMax XOpOLIO HM3yueH MexaHu3M, B kotopoMm PI-PLC pacmenmstor
docharunununosuron-4,5-nudpochar (PtdIP,) wa wunO3MTON-1,4,5-Tpudochar (IP;) wu
muanunrauneposl (DAG). Bropuunsiii meccenmkep IP; cBsseiBaetcsi ¢ [Ps-penentopamu u
CTUMYJUPYET BBICBOOOKICHHE HOHOB Ca’" W3 SHIOMIA3MATHYECKOTO perukynyma, a DAG
aktuBupyet nporenHkuHazy C (cnmaiig 51, mpeseHTanus).

Mnuorue u3 xomnoHeHToB PI-PLC kackazna »XHBOTHBIX OOHAapy>KEHbI B PaCTUTEIIbHBIX
KJIeTKax. Bo-mepBbIX, B MeMOpaHaX pacTUTENBHBIX KIeTOK mnpucyTctByer PtdIP,, xoropsiii
ruaponusyercst ¢ocdonumazoit C ¢ oopazoBanueM IP; u DAG. Bo-Bropsix, IP3 ctumynupyer
BBICBOOOK/ICHHE MOHOB M3 BHYTPEHHUX PE3€pPBOB B LIMTOIUIA3MYy. B pacTeHusix, TeM He MEHee,
ypoBeHb (ochaTuauanHo3uToN-4,5-1udochara B 3aBUCHMOCTH OT THIIA KJIETOK COCTaBIISICT
0,05-0,50% ot obrmiero coaepxanusi GochoTUMHUIOB, YTO 3HAUUTEITHHO HUXKE, YEM Y KHUBOTHBIX.
Kpowme Toro, Ha JaHHBIF MOMEHT OY€Hb HEMHOT'O U3BeCTHO 0 MuleHsax [Ps u DAG y pactenuid.

CyIIeCTBYIOT HEONPOBEPIKUMBIC JOKA3aTEIbCTBA TOr0, YTO MOOMIH3amMs HoHoB Ca®’ 1 Hx
OCHWJUISIIUKA UTParoT BaXKHYIO poib B onocpegoBaHHoM PI-PLC curnansHoM myTtu. M3BecTHO,
YTO B  3aMbIKalOIUX  KIeTkax yctebull [P3;  cTuMynupyer  MOBBIIIEHHWE  YPOBHSA
[ATOILIA3MATHUECKOTO Ca”, KOTOPBIA OCTa0JIsIeT aKTUBHOCTH IOTJIONIAFOIINX K+-KaHaJ'IOB, a
unruouposanue PI-PLC unrubupyer ABK-ctumynupyemoe 3akpbiBaHue ycTbull. 3HaueHue Pl-
PLC u ocnwumamuun IP; u Ca’" B IUTOIUIa3ME MPOJAEMOHCTPUPOBAHO TAKKE IS
IPABUTPONHMYECKON PEAKIIMKA PACTEHUN.

[ToMuMO CylIeCTBEHHON pPOJM BTOPUYHBIX MECCEHIKEpoB IP; u Ca®’, cHmKeHHe YPOBHSA
docharunumunosuron-4,5-nudocpara (PtdIP,) mom neiictBuem PI-PLC Ttakke oka3piBaeT
perynsaropusiid 3¢ dext. PtdIP; aBisercs aktuBaropom PLD u cyoctparom PI-3-kunassl. Taxxe
PtdIP, MoxeT City’)KUTh CallTOM Ui MPUKPEIICHUsT K MeMOpaHe psifa OelIKOB M y4yacTBOBATh BO
BHYTPUKJIETOYHOM I€pEeHOCEe BE3MKYJ. B3aumonelcTBys ¢ akTHH-CBSI3BIBAIOIIMMH O€NKaMu,



TaKUMH Kak TNpo(wiuH, reycoimH, KopwinH, akTuHuH, PtdIP, yuacTtByer B Momynsmuu
TUHAMHYECKUX W3MEHEHUH nuTockenera. Takum oOpa3om, ypoBeHb U jokanusauus PtdIP, B
KJIETKaX peryjupyercsi AMHaMH4Yeckd, a akTUBHOCTh PI-PLC moxer urparh BaKHYIO pojb B
pEryJsiiiy 3TOro mporuecca.

Omauuue PLC-cuznanunza pacmenuil U #U60MHBLX

VY pactenuii U TpHOOB CHTHAJIBHBIA MeXaHU3M C ydactueMm Qocdonumnazsl C oTaHYaET OT
TaKOBOT'O Y JKMBOTHBIX. OCHOBHBIM OTJIMYUEM SIBJISIETCS HAOOp BTOPUYHBIX MECCEHIKEpOB. Y
KUBOTHBIX BTOPUYHBIMU MECCEH/DKEepaMu BBICTYTIAIOT POITYKTHI THIPOJIN32A
dochonnozuton-4,5-nudpochara: nnozuton-rpudocdar (IP3) u auammrnunepon (DAG), a 'y
pacteHuii ¥ TpUOOB — MPOAYKTHI MOCIEAYIONICH METa00IN3aNU YTHX COCTMHEHUI: HHO3HUTOJI-
rekcakucdocdar (IPg), pocharnnnas xucnora u quanunrauuepoi-nupodocdar (DGPP) (cnaiin
52, mpe3eHTanus).

Hnosumon-zeckarxucgocgpam

WNnosuton-tpudocdar (IP;) ctumynupyer y pacTeHuil BBICBOOOXKICHHME Kalblus U3
BHYTPUKJIETOUHBIX 3anacoB, HO B OIIP pacturenbHbix kietok [P3-ctumynupyembie Ca*"-kanans
(unmu [P3-penienitopsl — IP3-R) He Ob11r 00HapyskeHbl. Takke ciaenyeT 3aMeTHTh, YTO OCHOBHBIM
MCTOYHUKOM BHYTPHUKJIETOYHOIO Kaylbliug siBisieTcs Bakyosib. Ho B ToHomnacte IP3-R Toxxe He
npucytctBytoT. CekBenupoBanue JIHK mnokaszamo, uro Oenku OnM3KHE MO CTPYKType K
IP;-crumymnpyemsiM Ca®' -kaHanam He Kommpyiotcs reomoM Arabidopsis. Tem He Mewee,
IP;-uyBcTBUTENbHBIe Ca’-KaHATBl BO BHYTPHKICTOYHBIX MEMOpaHAX MPHCYTCTBYIOT, HO
NPUHLUINAAIBHO OTIUYAIOTCS OT MOAOOHBIX MOJIEKYJI dKUBOTHBIX.

B 3ambIkarommx KieTkax ycTbUIl KapTodens M KOHCKUX 0000B mon BiausHueM ABK
OTMEUEHO HaKoIUIeHuE HHOo3UTOoJ-rekcakucpochara (IPg), xoTOpbIll Takke CTUMYIHUPYET
BBICBOOOXICHHE BHYTpHKIeTO4HOro Ca’ . K TOMy 3Ke JUISl pACTEHHMI i TPHBOB 3TO COSIUHCHIE
seisiercs Oonee 3¢ddexkruBHbIM, ueM [P;. Ilo Hexoropeim omenkam IPs B 100 pa3 Oomee
aKTUBHBIN MeTabonut, mo cpaBHeHuto ¢ IPs. Ilpennonaraercs, yro mocne ruaponusa PI-4,5-P,
npoaykt IP; He HakamnuBaetcsi, a ObicTpo MetaOonusupyercs B IPs. Takoit mMexaHusM ObuI
OOHapy’KeH y AEISIIUXCS APOAOKEH.

Bropoe cyiiecTBeHHOE OTIMYME OT CUTHAJIBHOM CUCTEMBI KUBOTHBIX: JUALMITIULEPOII
(DAG) y pacrenuii He BbIIONAHAET (yHKIMM BTOpUYHOro MecceHmkepa. DAG
dochopmwmpyercss  muanmnriuneponknaazo  (DGK) nmo docharuanoit  kuciotsr  (PA).
[Tockonbky He DAG, a PA B3auMoAeHCTBYeT € CHUTHAJbHBIMH MOJIEKYJAaMH, TO (EpMEHT
JTUALWITIUMLIEPOIKUHA3a, Katanusupytomas mnpeBpamenne DAG — PA, paccmarpuBaercs
Ba)XKHBIM CUTHAJIbHBIM (DEPMEHTOB B paMKaX PaCTUTEIbHBIX CUTHAIBHBIX CUCTEM.

®ocdarugHas Kuciora Toxe hochopuarpyercss B pacTUTENBHBIX KIETKAaX MPU aKTUBAILIUH
dochomumaz C u D. ®ocharuaarkunasa (PAK) karanuzupyer oOpazoBaHue TUALTAITIIALIEPOII-
nupodocdara (DGPP). 3nauenne DGPP 3akirouaeTcs, mpexae BCero, B 0CIabIeHUH CUTHANIA,
KOTOpHBIN nepenaercs yepe3 PA. XoTs B HacTosee BpeMsi HE U3BECTHBI MUILIEHH, HA KOTOPBIE
661 Busu1 DGPP, Tem He MeHee MX CyIIECTBOBAHME HE MCKIIOYAETCS. Y BBICIIMX >KMBOTHBIX
¢docharnnaTknHazHas akTUBHOCTH U npucyTcTBue DGPP B kiteTkax He 0OHApYKEHBI.

VY pacrenust Catharanthus roseus n Arabidopsis ObH OOHapy>keHbI crelupUUecKue
docdarazsr, nedochopumpyronme DGPP u PA.

Dochoannassl A,

®ocdonumasel A, OTHICTUISIOT sn-2 alIdQUPHBIE CBA3H POchHOTUIHIOB ¢ 00pa3oBaHUEM
CBOOOHBIX XHMPHBIX KHCIOT W 1-amui-2-nu3ogpochonunumoB. Docdonumnassl A, KUBOTHBIX
knaccupuupyrotes B 10 Tpymm, KOTOpbIe pacHpeAessioT B TPH TJIABHBIX THIIA COTJIACHO MX
OMONIOTHYECKUM CBOICTBAM:
1) cekperopHsIe (secretory) HU3KOMOJIEKyJsipHbIe ochomumnaszsl A, (SPLAj);
2) uwmro3onbHbIE (cytosolic) Ca’"-3aBrcruMEIe docdonunaszer A; (cPLA);



3) BayTpukierounsie (intracellular) Ca* -nesaBucumbie hochomumasst A, (iPLA,).

PacturensHbie pocdonmmnassl A, BO MHOTOM CXOJHBI C JKUBOTHBIMH, OJTHAKO y PAacTEHUM
K HACTOSAILEMY BPEMEHM BBIJEIECHO, OYUIIEHO U KJIOHUPOBAHO TOJBKO JBa THUIA: CEKPETOPHbIE
(sPLA,) u BayTpukierounsie (iPLA).

BriepBrie sPLA,-mono0Hast pocdonmmaza A, Oblta BBIIETICHA U3 YHIOCTIEPMA CEMSH Bs3a.
depMEeHT HUMeEeT HM3KYI0 MOJEKyJsipHylo Maccy — 14 k]I, TpeOyeT MMUIITUMOISpHBIE
koHneHTpammu  Ca®’ [ ONTHMAnbHOW AKTMBHOCTH M TOKA3BIBAET  CIELH(HIHOCTH
B OTHOLIECHUH $1-2 allWIIbHOW Ipynmbl. M3 TkaHel HECKONbKUX BUIOB pacTeHUil (puc, TBO3AMKA)
ObLTM BBIIEICHBI U KIOHUpOBaHbI KJIHK cooTBeTcTBYIONIME CEKPeTOPHBIM (hocdomumnazam A,.
Amnanus nocnenosatenbHocTy 3THX JJHK mokazan Hanmuune HECKOMBKUX AUCYJb(UIHBIX CBS3CH
Y CUTHAJIbHOT'O MENTH/1a, OTIPEAEIISIONIET0 CEKPETOPHBIE CBOWCTBA.

Buytpukierounsie ¢docdonunazel A, (iPLAj;) mpenctaBiasioT Trpymnmy, BKIIOYAIOIIYIO
MEeMOPaHHO-CBSI3aHHBIE W IIMTO30JbHBIE (EPMEHTHI C MOJEKyJsipHOW Maccoit 4048 x/l.
OunnieHHble (pepMEHTHI paCTeHUH HHTHOMPYIOTCS CrIeHU(pUUECKUMU HHTHOUTOPAMH >KHBOTHBIX
1PLA,, Ho He uHruburopamu sPLA,. Bce usBectHsie pacturenshbie iPLA, mpenmnodrutensHO
OTLIEIUIAIOT JIMHOJIEBYI0 W JIMHOJICHOBYIO TpYININbl, HAaXOAAIIMECS B sn-2 IMOJIOKEHUU
docharummnxonmmaa ©u  00MAmAOT Takke JM30(OoCHOIUNa3HON aKTUBHOCTHIO (HO HE
aKTUBHOCTBhIO (ochomumazpl Aj). OTH  (HEepMEHThl CTUMYJIHPYIOTCA KaJbMOJYJIHMHOM, B
OTCYTCTBHH KOTOPOTO HE PEarnpyioT Ha H3MeHeHHe KoHueHTpammn Ca”.

OcHoBHbIe THNBI (ochonunaz A; HMEIOT pa3Hbli MexaHu3M JeicTBuss. OcHOBHas
uHpOpManuss 00 STOM H3BECTHA TNPEUMYIISCTBEHHO W3 HCCIEIOBAaHUI KHUBOTHBIX PLA,.
®ochonumassl iPLA; u cPLA; tuaponan3yoT auum@UpHyO CBsI3b depe3 oOpa3oBaHHE alluil-
(epMEHTHOTO MOCpeIHUKa. AL TIPUCOEAUHSIETCS C OCTAaTKy CEpUHA, KOTOPBIM HaXxOIUTCS B
KOHCEHCYCHOH mocienoBarenbHocTn GXSxG. Monsl Ca®" He NPHHHMAIOT HEMOCPEICTBEHHOTO
yuactua B karanmusze cPLA,, oaHako Ca”" HEOOXOmMM JUISl CBSI3BIBAHHSL ITOTO dbepmenTa ¢
MeMOpaHOiA.

Cexperopuble ¢ochonunazel A, B OTIAMYHE OT JPYTUX TPYyNN HEMOCPEICTBEHHO
HCIIOJB3YIOT HMOHBI Ca’" B axruBarun. B MoOJIeKyJie (pepMEeHTa eCThb KOHCEpPBATHBHBIC Ca*'-
cszpiBaromue nemu (EF-pyku). CBs3piBaHMe Kanblivsl CTAOMIU3UPYET NEPEXOAHOE COCTOSIHUE
MOJIEKYJIbl, HEO0XOAUMOe [UuId MpOSABICHHUA AaKTHMBHOCTU. Kpome TOro, cexpeTropHsle
dochonunaszel A, He umeroT GxSxG mocaenoBaTeNbHOCTH U HE 00pa3yroT aui-(hepMEeHTHOTO
nocpeaHuka. B mexanusm karanmusza sPLA, BoOBieKkaeTcsi OCTaTOK THCTHAMHA M acmnaprara,
KOTOpbIE MOJISIPU3YIOT MOJIEKYITy BOJBI, a 3aTeM nossipu3oBanHas H,O arakyer kapOOHUIbHYIO
rpynmy.

Pacturensubie PLA, perynupyioT, rimaBHbIM 00pa3oM, OKTaJeKaHOUIHBIH My Th, B KOTOPOM
W3 JIMHOJIEHOBOM KHCIIOTHI OOpa3yrOTCSl >KaCMOHAThl M APYTHe OKCHIWIHWHBI (ciaiig 55-56,
npeseHTanus). [IpogyKTsl OKTageKaHOUHOTO IyTH YYaCTBYIOT B PETYJIALIUN OTBETHBIX pEeaKLUi
Ha MEXaHMYECKHE IIOBPEXKICHUS M BO3JACHCTBHS IAaTOTeHOB. B pesynprare AEUCTBHA 3THX
CTPECCOpPOB B pACTEHHAX HaOM0JaeTcsi Bo3pacTaHue akTUBHOCTH PLA, u, xak pesynbtar,
CHUCTEMHOE HakoIuieHue nu3odocharuauixonruHa U nau3opochaTUIMIITAHOIAMIUHA, a TakKe
BBICBOOO)K/ICHHE MOJIMHEHACHIIIICHHBIX KUPHBIX KUCIOT (IPEXk/Ie BCETO JIMHOJICHOBOM), KOTOpPHIE
MOJIBEPTalOTCs JIEHMCTBUIO JIMIIOKCHICHA3 W BOBJIEKAIOTCS B OKTAJCKaHOMIHBIM IyTh. B
cTpeccupoBaHHBIX KieTkax PLA; Moryt yuyacTBOBaTh TakKe B T'e€HEpallMd aKTUBHBIX (hopm
KUCJIOpOJa M CHHTe3€ ankalounoB. AktuBamuss PLA; MOXHO NpoaeMOHCTpUPOBATH B
OTCYTCTBHHM CTPECCA, HO MOJ JEHCTBUEM CUCTEMUHA WM OJIUTOCAXAPUHOB.

[Tomumo cTpeccoBbiX peakiuii docdonumassl A; y4acTBYIOT B APYTHX KIETOYHBIX
nporeccax: MeTabonu3Me JUMHAOB M ayKCHH-CTUMYyJHpyeMoMm pocte. PLA-mogoOHas
AKTUBHOCTH IIPEHMYIIIECTBEHHO HAIIPABJICHA HA OTLICIUICHUE HE TOJIBKO BBHICOKOHEHACHIILIEHHBIX
JKUPHBIX KHMCIOT, HO W BTOPOCTENEHHBIX WM peOKUX. Takue IKUPHBIE KHUCIIOTHI
nepepacnpesensoTcs: U3 MeMOpaHHbIX (OChHOIUINIOB B 3alaCHbIe TPHALMINIALEPOIIbL. Takum
obpa3zom, PLA, y4acTByIOT B HaKOIUICHWH 3alacHbIX JUNUAOB. Ha ceMeHax orypiia mokasaHo,
yto PLA; nokanmmu3yrorcs B chepocomMax ceMsaoseii U y4acTBYIOT B KaTaOoJIM3Me U YTUIIU3AIUH



3alacHbIX JIMIKWJOB B IIpolleccax IpopacTaHus CEMSH M PocTa IMpOpOCTKOB. B aykcun-
CTUMYJIUPYEMOM pOCTE BBICBOOOXKJICHHbIE >KUPHBIE KUCIOTHI MOTYT CIYXHTh B KadecTBe
BTOPUYHBIX MECCEH/KEPOB, MOCPEICTBOM KOTOPHIX YAaCTUYHO PETYJIMPYETCS POCT KIETOK
pacTsKEHUEM.

Pasnuynble curHanbHble MyTH (CTpecc- WM ayKCUH-UHAYLUPYEMbIE), IMO-BHIAUMOMY,
BOBJIEKaIOT pa3Hble Tunbl PLA,. Tak uHruGurop BHyTpuKiIeTOuHbIX (ocdonumnas A, HELSS
TOPMO3UT ayKCUH-UHAYLUPYEMOE YAJIMHEHUE TUIIOKOTIIIEH LIyKUHU U KOJIENTHIIEH KYKYpY3bl, a
uHruourop cucreMuH-uHgyuupyembeix PLA, AACOCF3 oka3zancs He 3(QQEeKTHBHBIM B
OTHOIIEHUU POCTOBBIX PEAKLINH.

Crpyktrypa ¢ocpoaunas A,. Docdonunazsl A,  ABIAOTCA  OJUHOYHBIMU
NOJUNENTHIAMH, OJIHAKO HEKOTOphIE W3 HHUX B pAlNe CIy4aeB MOTYT OOpa30BBIBATh
noJIMMepHble Tpynmbel. MoHomeps! pocdonunas coctosaT uz 125-130 aMHHOKUCIOT U UMEIOT
MoJIeKyJIApHyl0 Maccy 14 k/la. Jlisi mepBUYHOM CTPYKTYphl 3TUX (PEPMEHTOB XapaKTEPHO
Haimuyue OkKojJo 20 BBICOKOKOHCEPBATHUBHBIX aMHHOKHMCIOT, OOJBIIYI0O YacTb KOTOPBIX
COCTaBJISIIOT OCTaTKW IucTenHa. KoHcepBaTUBHBIE OCTAaTKM LUCTEMHA 00pa3ylOT MHOXECTBO
TUCYIb(GUAHBIX MOCTHKOB, YTO, BEPOSITHO, UMEET pellarollee 3HadeHue g (GOpMUPOBAHUSA
TPETUYHOW CTPYKTYpbl W TOJACpXKaHHUS aKTHBHOCTH ¢epMeHToB. [lo XapakTepHBIM
OCOOCHHOCTSIM TNEPBUYHON CTPYKTYphl (hocdonunasbl A, pa3iensiorcs Ha JBe Ipynmbl. Y
depmeHnTOoB mepBoi Tpymmbl gBa ocratka nucrenHa (I{uc-11 w Iuc-77) o6pa3yror
TUCyabGUAHYI0 CBA3b. (DepMeHTHl BTOpPOM TIpynIbl BMECTO 3TUX LHUCTEHHOB COAEpXKar
MOJISIPHBIC 3apSHKEHHBIE aMUHOKHUCIOTHBIE ocTaTku — JIuz-11 u I'my-77, kotopsie hopMupyror
coneBoil MocTuK. TakuM 00pa3oM, HECMOTPS HAa MPHUCYTCTBUE Pa3HbIX Map aMUHOKHCIOT, B
o0oMX ciy4asXx OHHM B3aWMOJCHCTBYIOT MEXIy co00H, oOecnednBas MOAAEpKaHUE
AQHAJIOTUYHBIX TPETUYHBIX CTPYKTYp, YTO MMEET BaKHOE 3Ha4YeHHE JUIs (YyHKIIMOHUPOBAHUS
¢depmenToB. KoHcepBaTuBHbIE aMUHOKHCIIOTHBIE ocTaTku ['nc-48, Tup-52, Tup-73 nu Acn-99
OINpeAEIAIT KaTaIUTUYECKY0 aKTUBHOCTh (pocdonunas A,. N-KOHIEBbIe 00JaCTH MOJIEKYJIbI
(epMEHTOB BBIMOTHAIOT (YHKIIMHM PACIIO3HABAHUS TPAHUIIBI pasjiena JMINUA-BOJAA, TO €CTh
00eCTIeYMBaIOT CBA3BIBAHHUE TOJHUIENTHIA C MEMOpaHOW. AMHHOKHCIOTHBIE OCTaTKu 25-35
dopmupyror Ca’’-cBa3piBaomMil yuacTOK GepMeHTa.

Hekoropele ¢docdonunazsr A, BXOIAIIME B COCTaB SJI0B, HMEIOT BBIPAXKEHHOE
IIPECUHANTUYECKOE HEUPOTOKCUYECKOE NecTBUE. XapaKTepHO, 4YTO IIEpBUYHAs CTPYKTypa
TOKCUYHBIX (pocdoiumnas uMeeT HEKOTOpbIe OTIMYUSA OT CTPYKTYpbl HETOKCHYHBIX. Hampumep,
dochonunaszel AI0B TpEeMyUYHX 3MEH COAEPIKAT MOJOKUTENBHO 3apsyKCHHbIE AaMHUHOKHUCIIOTHI
(Apr-65 u JIuz-69), a B MoOJeKylaX HETOKCHYHBIX (ocdosna3 B aHAJOTHYHBIX y4YacTKa
HNOJUIENTUIHON ULENu pPACIONIOKEHBl OTPULIATENIBHO 3apsSKEHHBIE aMHUHOKHUCIOTHL. Takke
TOKCUYHBIE M HETOKCHYHbIE (hoc(onumaspl pasindaroTcs MO YEeTBEpPTUYHOHM cTpykType. Kak
NpaBUJIO, TOKCHYHBIE (ochonunassl, B OTIUYNE OT HETOKCHYHBIX, 00pa30BaHbl HECKOJIBKHMU
CyObeIMHUIIAMH, TIpUYEeM TOKCHYHOCTHIO oOJagaeT oaHa U3 cyowbeawauil. Hampumep,
TaWTIOKCUH — OJWH U3 Hanbonee 3(PPEKTUBHBIX TOKCHMHOB 3MEH — HMMEET TreTepOTPUMEpPHOE
CTPOEGHUE, HO TOKCHUYHOM SABISETCA TOJBKO O-CyObEIUHMIA, a [JBE JAPYTHE BBIIOIHAIOT
BCIIOMOT'aTEJIbHY0 POJIb.

®ochoaunassl A; u B, muzogpochoannassr A

@dochommmazel  A;  THApPONM3YIOT sn-1  ammudupHBIE  CB3M  GocHOoIMIHIOB  C
o0Opa3oBaHHEeM CBOOOJIHBIX KHPHBIX KUCIOT U 2-anui-1-nmu3zodocdonununos. Gochonunaszsr B
(;u3odocdonmunazel A) yAaNSIOT ABE KUPHBIC KUCIOTHI M3 MOJEKYJ (ochONTHIHUIOB, TO €CTh
oOmagaroT PLA u mu30PLA akTUBHOCTBIO.

B Tonomnnacre kierok Tonons Acer pseudoplatanus 6bina ooHapyxeHa PLA| akTUBHOCTb.
O docdonunazax B pacTeHnit H3BECTHO OYEHBb MaJIo.

B JKMBOTHBIX KJI€TKaxX BBIICISIOT TPyMITy O0NbIMX Jn3odochonunas u aBa tTuna Maibix (I
u II) ¢ monekymspHoit maccoir okomo 25 k/I. K OGompmmm nuzodocdonunazaMm OTHOCAT



dochonmunassr B, PLA; cPLA; iPLA,, a Takke HEKOTOpBIE TpaHCAIMIIa3bl M aluiITpaHchepassbl.
O nHamuuuu mmu3odocdonunas B pacTeHUSX €CTh PAI COOOMICHHN. AKTUBHOCTb KHUCIBIX U
OCHOBHBIX JH30(ocdomnmmas oOHapyKeHa B MPOPACTAOIIUX ceMeHax suMeHs. CUMTaroT, 4To
OHHM BOBJICKAIOTCS B MPOLIECCHI MOOMIU3AIMH 3aMIACHBIX JIUMIUIOB.

Jlmzodochomunuasl MPUCYTCTBYIOT B OHMOJOTHUECKMX MEMOpaHax B HE3HAYHTEIBHBIX
KOJIMYECTBAX, HO BMECTE C TEM, BBITIOJIHSAIOT BaXKHBIC PETYNATOPHbIE (YHKIMH: TPAHCIyKIHUs
BHYTPUKJICTOYHBIX ~ CHUTHAJIOB W  TPAHCIOPT  BE3UKYJ. B  JKHBOTHBIX  KJIETKax
an30¢pocHaTUIMIXOTUH MOTYITUPYET IKCIPECCUIO OOIBIIOr0 KOJIMYECTBA T€HOB, CIIOCOOCTBYET
CEKPELMU POCTOBBIX (DAaKTOPOB M WHAYIHPYET aAre3Wi0 KIETOK. PerenTopsl crenuduyuHbe K
an3odocaTuIHON KUCIOTE Y KUBOTHBIX SBISIOTCA (G-O€NOK COMPSKEHHBIMHU PEIENTOPAMH.
®opmupoBanue Jm3odochaTuaHON u (HochaTHIHONH KHUCIOT MPOUCXOIUT crienu(uuecku B
nieiike GOpMUPYIOUINXCS CHHANTHYECKUX BE3UKYJ, TO €CTh nepexo nu3zodocdaruaHas Kuciora
< docdarnaHas KuciI0Ta HEOOXOUM TS TOYKOBAHUS MEMOPaH.

B pacrenuns nuzodochomunuabl GOpMUPYIOTCS B OTBET HA CTPECCOBBIC BO3JCHCTBUS
MOJYJUPYIOT aKTUBHOCTh psina ¢epMeHTOB. JlnzopochaTHAMIXOINH, HAIpUMeEp, MOXKET
HETOCPEJICTBEHHO  B3aMMOJICUCTBOBATh  C H'-ATPa3oii  Iuia3MaTHuecKoi MeMOpaHBblI,
CTUMYJTHUPYS €€ aKTUBHOCTb. JIm3odocharuamisTaHoTaMuH 3aIep)KUBAET CTApEHUE, BO3MOXKHO,
nyTeM uHrnOupoBanus PLD.

Jluzodocdonumnassl, CJIeZIOBATEINILHO, SIBIISTIOTCS BaKHBIMH KOMIIOHEHTaMH,
HEOOXOJUMBIMU B PETYJISALUU YPOBHA JU30(OCHOTUNNAOB, JTUMUIHOM CUTHAJBHOM Kackaje U
MeTabonmu3Me.

B3AMMOJENCTBUE ®OCDOJINIIAS

@epMeHTHI JUIMUIHOM CUTHAJIBHOTO KacKaaa 4acTo (GOPMHUPYIOT CIOXKHbBIE CETH, KOTOpPbIE
OTIOCPEAYIOT CHEIU(UUECKUA KICTOYHBIN OTBET. [[puMepoM Takoro B3amMOJEHCTBHSI SIBISETCS
yuactue ¢ochommnaz C, D um A B perynsamuu yCTbUYHOM TpaHcmupamuu. PLD wu
docharnaunuHozuTua-3aBucuMbie PLC (PI-PLC) omocpeayroT 3akpbIBaHHE YCTBHUII, TOTJA KaK
PLA ctumynupytor ux otkpeiBanue. [lon Bnusauem PI-PLC BwicBoOOXmaeTcss nnosuron-1,4,5-
tpudocdar (IP3), KOTOPBIH CTUMyIHpyeT MOBbImeHHe HOHOB Ca’ B muromasme. Mous Ca®’
cnocoOCTByIOT cBsizbiBaHui0 PLD ¢ memOpanamu, B pe3yjbTaTe dYero AHTH (HEPMEHTHI
aktuBupytoTcsa. Ilpomykr katanmza PLD —  docdaruanas kucimota aKTHBUPYET
docharunununosuron-5-kunasy (PtdInP-5 kunaza), npoxyuupytomyto ¢pochaTHANIMHOZUTON-
4,5-mucpochar (PtdInP,) — cybctpar mns PI-PLC. Takum o6paszom, PI-PLC, PLD wu
PtdInP-5 xuHa3a co31at0T MO3UTUBHYIO PETYISTOPHYIO METIIO.

C npapyroii  crtopoHsl, Jm3odochomunuasl uHruOuMpyror PLD, a  depmeHnTsl,
npoayuupymomue ux — docdonunassl A, — Moryt BeicTynath antaronuctamu PLD u PI-PLC,
CTUMYJIUpYS 3aKpbiBaHHE yCThUIl. OHAKO 3KCHEPHUMEHTAIbHO 3TO B3aUMOJEHCTBHE HE OBLIO
MIPOBEPEHO.

W3BecTHO, YyTO HpU PaHEBOM CTpecce B KIETKaX pacTeHUIl HaOlrofaercs akTUBaLUs
docdonumnaz A, BBICBOOOKIAIONINX JIMHOJIEHOBYIO KHCIOTY, W3 KOTOPOW TEHEPHPYIOTCS
KaCMOHAThl U JApPyTHE OKCWIMIUHBL. M3ydeHue HakOIUIeHHsS NPOAYKTOB JIMIIMIHOTO OOMEHa
MOKa3ajo, YTO TMOBBIIICHHE KoiaudecTBa (pochaTUAHON KUCIOTHI MPEAIIECTBYET BO3PACTAHUIO
YPOBHS THALMITIUIEPOJIA, CBOOOJHBIX HKHUPHBIX KUCIOT, IEPOKCUIUPOBAHHBIX KUPHBIX KUCIOT
u mu3odochomunuaos. CrenoatensHo, PLD, nponymupytomiue ¢pochatuaHyo KUCIOTY, MOTYT
CTHUMYJIUPOBaTh AaKTHBALMIO Jpyrux (QepMeHToB KaTabonmu3Ma JsmmuaoB. Ha pacteHusix
Arabidopsis ObUIO TPOJEMOHCTPUPOBAHO, YTO penpeccuss PLDo mpuBOAUT K CHIKEHHUIO CTpecc-
MHAYLHUPYEMOT0 HAKOIIJIEHUS JINHOJIEHOBOW KMCIIOTHI M )KACMOHATOB.



NO-CHHTA3A 1 OKCH/] A3OTA

B nauane 1990-x rogoB ObLIO cleTaHO 3HAUUTENBHOE OTKpBITHE. BBIIO MOKa3aHo, 4ToO
okcua azora NO, KOTOpbI yacTo oOHapyKuBaeTcsi B MeMOpaHaX M pEJOKC-LIEHTpaxX OENKOB,
BBINOJIHSAET BaXKHYIO peryssitopHyro ¢yskuuio. B 1992 rongy xypHan «Science» HazBan NO
«Monekymnoi ronay.

[lepBoHayabHO MPEAINONAransoch, YTO MPUCYTCTBHE ATOTO BEIIECTBA B JKUBBIX TKAHAX
SBIISICTCS  PE3yJIbTATOM TOBPEXKICHUNA WM 3arpsA3HEHMs, HO 3aTeM ObUIa JI0Ka3aHa ero
¢uznonornueckas ponb. [lockonbky BoszmedictBue NO Ha SHAOTENMA  KHUIIEYHHKA
MJIEKOTIMTAIOLINX BBI3BIBAJIO PACCIIabICHHE KIETOK TIaJIKOH MYCKYJIaTyphl, 3TO BEIIECTBO OBLIO
UICHTU(UIIUPOBAHO KaK penakcupytomui ¢akrop. OgHako (usnonorndyeckoe 3HaueHne NO
okazasioch 3HauMTenbHO Mmmpe. Ceiiyac ycraHoBieHO, 4yTo NO sBIsSeTcS BTOPHUYHBIM
MECCEH/IKEPOM, KOMIIOHEHTOM CHUTHAJIBHBIX MEXaHHW3MOB, KOHTPOJUPYIOLUIUX Yy KMUBOTHBIX
TOHYC TJAJAKOH MYCKYJaTypbl, HEHPOTPAaHCMHUCCHIO, NPOIU(EpalUI0 KIETOK, aronTo3 Hu
3alUTHBIE pEaKlMU B OTBET Ha BO3/AelcTBUE WHGEKUMOHHBIX areHToB. Pa3zpaboTka 3TOro
BOIIPOCA MO3BOJMIIA WACHTU(PHUIMPOBAT MeXaHU3MbI 00pa3zoBanus NO B TKaHSAX KMBOTHBIX U
€ro MECTO B CUTHAJIbHBIX Iy TSX.

Cunre3 NO karamusupyercst pepmenTrom NO-cuHTa30ii (NOS), BHIIONHAIONIEH B CHCTEME
TPAHCIYKIIMU CUTHAJIA POJib 3¢ dekTopHor MoyeKyabl. NOS — 3T0 GoJbiioi GepMeHTaTHBHBINA
KOMIUIEKC, KOTOpPbI ocymecTBigeT cuHTe3 NO u nutpymauHa u3 apruavHa 1 O, NOS
NPUCYTCTBYET B TKAHSIX B JBYX OCHOBHBIX HM30()OpMax: KOHCTUTYTUBHOM W WHIYIMOEIBbHOM.
KoncrurytuBnast ¢opma NOS mnpucyTCTByeT NOCTOSSHHO B OIPEICICHHBIX THMAX KIETOK,
Hanpumep, HelpoHanpHas (nNOS) u sHporenuanbHas (eNOS). Unnymmbensras dopma, iNOS,
CHHTE3UPYETCS NPH aKTUBAIlUM UMMYHHOM CHUCTEMBI XKMBOTHBIX M MI'PAET LIEHTPAJIBHYIO POJIb B
pa3BUTHH KMMYHHOTO OTBETA.

PacTurenbHple TKaHW TaKXKe pearupyroT Ha OKCUJ a30Ta M CIIOCOOHBI CaMOCTOSTEIHLHO
MPOIyIIUPOBAaTh €ro B OOJBIIMX KoJdudecTBax. Y pacteHuid 3HadeHue NO CBSI3BIBAIOT C
YBEJIMYECHUEM IUIONIAAN JTUCTOBON IUIACTUHKHU, POCTOM KOPHEH M CUHTE30M (PUTOAJUIEKCUHOB. Y
PACTUTENBHBIX OPraHU3MOB, TaK )K€ KaK W y >KMBOTHBIX, NO uMeeT BakHellIee 3HaUeHHE IS
3alIUTHBIX peakuuil. NO cTUMYIHpYeT SKCHPECCHIO T€HOB, KOJUPYIOMUX OeNku, 00J1a1atomme
OaKTepUIIMIHBIMU ¥ AHTUTPUOKOBBIMH CBOMCTBaMH, a Takke (QEepMEeHTh OHOCHHTE3a
(CHONBHBIX COEAMHEHHH, HEOOXOMUMBIX IS pa3BUTHS CUCTEMHOW NpUOOPETECHHOMH
ycrounBoct (SAR) m peakiuu cBEpX4uyBCTBUTEIBLHOCTH. BMmecTe ¢ TeM ObLIO OOHApYXKEHO,
YTO ATOT MOCPETHHK y4YacTBYeT TaKkKe B Ipolieccax 3apakeHusi KOpHEH OO0OOBBIX pacTeHH
CUMOMOTHYECKUMHU a30TPUKCUPYIOMMMHU OakTepusiMu Rhizobium. Tak e y 06000Beix NO
orocpeayeT (huKcaIuio a3ora B KifyOeHbKaX, CBSI3bIBas FTeMOBYIO TPYIIITY JISTTEMOTTIO0MHA.

Cunre3 NO B pacTeHHsIX OCYIIECTBISACTCS TPEMs Pa3HbIMHU criocoOamu. Bo-mepBhIX, OH
MoOXkeT ObITh 0Opa3zoBaH 3 NO; HeepMEHTATHBHBIM IIyTEM IpPU CBETO3aBHCUMOW KOHBEPCHUU
KapoTUHOHIOB. M3 3TOTO %€ CcyOcTpaTa BO3MOKeH depMeHTaTUBHBIN myTh cuHTe3a: NADPH-
3aBUCcHUMas MeMOpaHHO-CBs3aHHAs HUTpAT-peayKTa3a Kartaausupyer oopazoBanue NO u3 NO,.
A B 1996 rony ObLTO TTOKa3aHO, YTO B pacTeHUAX (yHKIMOHUPYET Takxke NO-cuHTa3a.

Ob6pazoBanue NO y pacTeHMH W KMBOTHBIX CTHUMYJIHMPYETCSl PA3IMYHBIMU BHEIIHUMH
CUTHaJlaMHM, HO, Kak IpaBWIO, HenocpeAcTBeHHas aktuBauus NOS npoucxoautr mnpu
MOBBIIICHAN KOHIGHTpanun cBoboxroro Ca’” B mmrorasme. To ecTb, M0G0 CHrHa,
CTUMYJIUPYIOIIHI OTKPHIBAHUE Ca*-xanaios, OMOCPEIOBaHO BIUAET Ha akTUuBUpoBaHue NOS.

Oxcupn azora NO — yHUKaJbHOE HHU3KOMOJEKYJSIPHOE COEAMHEHHe, o0iaaaroliee
CBOMCTBaMM KJIACCUMYECKOTO BTOPUYHOTIO MecceHmkepa. NO sBiseTcs KOPOTKOKUBYIIEH
MOJICKYJION, KOTOpasi criocoOHa Jerko AU QyHAUPOBATh B TKAHSIX, MPOHUKAs B KICTKH 4epes
MeMOpaHbl 0e3 ydacTus CleUUaTU3UPOBAHHBIX MEPEHOCUMKOB M PELEenTopoB. XapaKTepHOU
yepToii BozneiicTBusg NO Ha MUIIEHU SBISETCS CIIOCOOHOCThH 3TOTO MOCPEIHHUKA CBSA3BIBATHCS C
pEAOKC-LIEHTpaMU OEJIKOBBIX MOJIEKYJ, TO €CTh C caiiTaMu, OOJaJalolUMU TEepEeMEHHOM
CTETIEHBIO OKHUCIIEHHs. B kadecTBe TakuxX CalTOB MOTYT BBICTYIATh, HAlPUMEpP, OCTATKU



LUCTEMHOB MM TremoBoe kene3o. CBs3biBas MumieHH, NO akTUBUpPYET B KIETKE
COOTBETCTBYIOIIIKE TPOIECCHI.

OnHoii w3 yHUBepcanbHbIX MmumieHed NO (s pacTeHHM M KUBOTHBIX) SIBJISICTCS
ryanunatiukiasa. CyIiecTByeT Ba OCHOBHBIX Kiacca 3TUX (pepMEHTOB: MEMOPaHHO-CBS3aHHBIC
(TpanCcMeMOpaHHBIC) u pacTBOpUMBIE (uMTOIUIa3MaTUYECKHE). NO AKTHUBUPYET
rYaHWIATHUKIA3bI, OTHOCSIIMECS] K KJIaccy PacTBOPUMBIX (epmeHTOB. ['yaHMIATIHKIA3bI
npoayupyor nukiandeckuii GMP (cGMP) u3 GTP. Monekynspubie mutienn cGMP noka eme
HEIOCTaTOYHO XOPOIIO M3Y4YEeHbI, HO MPEAINOJIAraloT, YTO K HUM OTHOCSTCS JIBa TJIaBHBIX THIIA!
cGMP-3aBucrMBbIe TPOTEUHKNHA3bI (MPOTENHKNHA3bl 3) U MOHHBIE KaHAJIBI.

MOHBI Ca’* B CHCTEME IIEPEJIAYNA CUTHAJIA

Vousr Ca®" BBITIOTHSIOT BAKHEHIIYIO PEryISTOPHYIO POJIh B KIETKAX: OHH KOHTPOIHPYIOT
MOJYJISILIMIO AKTUBHOCTH (DEPMEHTOB, CTAOMIM3UPYIOT KJIETOYHBIE CTPYKTYpbI, aKTHUBHPYIOT
cOOPKy 97IEMEHTOB LMTOCKENeTa W T. A. Bmecte ¢ M, nousl Ca’” crocobCTBYIOT mepenade
CUTHaJIa BHYTPHU KJIETKH, TO €CTb SBJISIOTCS BTOPUYHBIMU MECCEHIKEPAMHU.

Knetku Bcex M3BECTHBIX OPraHU3MOB CHOCOOHBI MOZJIEPKUBATh MEMOpaHHBIM TI'pagUEHT
KOHIIeHTparuii 1oHoB Ca’’. YpOBeHb KOHLEHTPAIMH CBOGOJHOTO KAIBILHS B LMTOILIA3ME
HEAKTHBHPOBAHHBIX KIETOK 00BMHO cocTaBmsier 10 —10° M. B MHTOXOHZPHSAX H JTIOMCHE
9HJIOMIA3MAaTHYECKOTO PETUKYIyMa 3YKapHMOTHYECKUX KJIETOK MOJJIepXkKHUBaeTcs OoJiee BbICOKas
KOHILIGHTpalUsi 3TOr0 HMOHA. B pacTUTENbHBIX KJIETKaX 3HAUYMUTENIbHBIE €ro KOJIMYECTBA
HaKarjMBaroTcs B Bakyoussix. CofepikaHue KajlblMsg B MEXKIETOYHOM HMPOCTPAHCTBE MPEBHIIIACT
ero KOHIEHTPAIMIO B IMTOIUIA3ME HA HECKOJBKO IOPSAKOB M MOXKeT mocThrath 10° M, Kak,
HATIPEMEp, B aroIIacTe pacTeHuil. IlofjepKaHWe IpagMeHTa KOHIEHTparmii nonos Ca’’
Ype3BbIYaliHO BaXHO /711 (PYHKLIMOHUPOBAHUS KJIETKH, MOCKOJBbKY JOJITOBPEMEHHOE MOBBIICHHUE
YPOBHS KaJIbIUs B LIUTO30JI€ IPUBOJUT K €€ THOeu.

OBOJIOLIMOHHBIN BHIOOP HOHOB KaJbLIMS JJIS1 BBIIIOJHEHNS CUTHAIBHOM (DYHKIIMH CBSA3BIBAIOT
C TeM, YTO MEPBOHAYAIBHO >KMBBIE KJIETKH HAYUMWJIUCh U30aBIATHCS OT HUX, TOCKOJIBKY KalbLUMH,
KaK IIEJTOYHO3EMENbHBIA MEeTalll, CIIOCOOCH B3aMMOCHUCTBOBATh ¢ ochaTamu ¢ 00pazoBaHHEM
HEpacTBOPUMBIX cojieid. PocdaTrbl HEOOXOAWMBI KIIETKE Al CHHTE3a HYKJIEMHOBBIX KHCIIOT,
dochonunmumoB, a TaKkKe MaKpPOIPTUUECKUX coequHeHuid U Jp. COOTBETCTBEHHO, BBICOKHE
KOHIIHTpaIii HOHOB Ca’ B IMTOMIA3ME MOIYT NPHMBECTH K 3HAYMTEIHHOMY CHHKCHHIO
KOHLIEHTPALIMU PacTBOPUMBIX (hochaToB, UTO, B CBOIO OuUepe/ib, MPUBENO Obl K HAPYIICHUIO KaK
SHEPreTUYeCKOro oOMeHa KJIETKH, TaK M €€ JIESATEIbHOCTH B LeJIOM. TakuM oOpa3oM, HepBbIMU
BO3HUKJIA CUCTEMBI, YJAISIONINE HOHBI KAJIbIVS U3 IUTOILIA3MBI.

CrnenyroumyM 3BOJIOLMOHHBIM 3TalioM ObUIO BO3HHMKHOBEHHE CUTHAJIBHBIX KJIETOYHBIX
CHCTEM, MCHONB3yIOmEX HOHel Ca’ B KauecTBE BTOPUUHBIX MECCEHXKICPOB. JTO CTajo
BO3MOXKHBIM IIOTOMY, YTO KOHIIGHTpAlUsl 3TOr0 MOHAa KpPaTKOBPEMEHHO IIOBBIIACTCS B
OTIPEJICNICHHBIX YCIOBUSAX. DTO COOBITHE COIPOBOXKAACTCS Jenoispu3anueii MemMOpaHbl U
ABJSIETCS. CBOEOOPA3HbIM CHUTHAJIOM TpeBOrM. B KiIeTkax CylIecTBYIOT pa3HOOOpa3HbIE
¢yHkumoHaNbHBIE Oenkd  ((hepMEHTHI, HMOHHBIE KaHAIbl W KAaTAIMTHYECKHE HEAKTUBHBIC
PEryJsATOpHBIE  IOCPEIHHKH), KOTOpblE aKTUBUPYIOTCA IPU  OTHOCHTEJIBHO  BBICOKHX
KOHLEHTpauusx Kambiuss (10° M), 9TO MO3BOISET KIETKAM BKJIIOYATh PEry/ISTOPHBIC
MexaHu3Mbl. BompmmacTBO Ca’ -perympyeMbIx TpOLECCOB B KJIETKAX MPOMCXOAMT TIPH
KPAaTKOBPEMEHHBIX M3MEHEHHSX [IUTO30/IbHOM KOHIeHTpawuy noHoB Ca’' B auanasomne 10 —107
M.

DddextuBHas pabdota Ca’’-3aBHCHMOrO CHTHAIBHOTO MEXAaHHM3Ma BO3MOJKHA B TOM
cilydae, €ClM B KJIETKe paboTaloT TPU OCHOBHBIE ()YHKIIMOHAIBHBIE CUCTEMBI.

1) CucreMbl  akTHBHOrO TpaHcrmopra (Ca’, HAIpPAaBIEHHOTO W3  HUTOIIA3Mbl B

AKCTPAKJIETOYHOE ITpOocTpaHcTBO, DIIP, MUTOXOHpUH, a Y paCTEHUM — TaK)Ke€ B BaKyOllb.



[Tepenocunku Ca*" pacroJiararorcsi B MeMOpaHax, OTIESIOMUX UTOIUIa3My OT JaHHBIX
KOMITApTMCHTOB.

2) Kanpuuesble KaHaNbl, KOTOPbIE OTKPHIBAIOTCS MPH MOJIYUYEHUH ONPEAEICHHBIX CUTHAJIOB, a
omnsr Ca”" MIOCTYMAIOT Yepe3 HUX B HUTOIUIA3MY IO IPAJUEHTY KOHLIEHTpALUH.

3) I_[I/ITOHJ'IaSMaTI/ILIGCKI/Ie KOMITOHCHTBI CUTI'HAJIbHBIX ueneﬁ (B TOM 4YHCJIC HW KOHCYHBIC

MHUIIEHH), AKTHBUPYIOIIAECS MPH MOBBIIICHHH KOHIGHTPAIiH noHoB Ca’ '

OKCTPAKJIETOUYHbII TPAHCIIOPT KAJIBLIUA

Honbl KanbLys BBIBOJAATCS U3 LIUTO30J1 IPOTUB IPaJii€HTa KOHLUEHTPALUH, TI03TOMY 3TOT
mporecc TpeOyeT 3aTpaThl SJHEPTHH. Pa3iMyaroT MepBUYHBIN aKTUBHBIN U BTOPUYHBIA aKTHBHBIN
TpaHcnopT. llepBUUHBIA aKTUBHBIN TPAHCIOPT OCYILIECTBIIAETCS IPHU MCIOJIb30BAHUU SHEPTUU
ruaponu3za ATP, a i1 BTOPMYHOIO AKTMBHOIO TPAHCIOPTA ABWXKYINEW CHUIIOW SBISETCA
IpaJueHT KOHLIEHTPALUNA HOHOB (OOBIYHO Na' wim H+).

Ca’"-ATPa3sl mpuHSTO pasjensTh Ha gBa Thma: PM  (mmasmamemmusii) u ER
(3HIOMIa3MaTHUYECKHU). B KMBOTHBIX KJIETKaX MX NMPHUHATO Ha3biBaTh cooTBeTCTBEeHHO PMCA 1
SERCA, a B pacturenbHbIX oHM oTHOCATCS K THnaM 1IB u IIA. OTu nepeHocurky npeacTaBisioT
co00lf MOHOMEpHBIE OEIKOBBIE MOJIEKYJIbl, KOTOpblE HMEIOT TOMOJIOTHYHYIO CTPYKTYpY.
Tlonmunentnanasa nenn Ca’"-ATPasnl obpaszyet 10 TpancMeMOpaHHBIX JOMEHOB, N- 1 C-KOHIIEBBIC
JIOMEHbl HAXOJATCS Ha LUTOIJIa3MaTHUECKOM CTOpoHE MeMOpaHbl (ciaig 59, mpeseHTauus).
Y4acTku MOJIEKYJIbl, PACIOJIOKEHHBIE MEXIY TpaHCMEMOpaHHbBIMM JoMeHamMu 2-3 u 4-5
(bopMupyIOT OONbLIME IUTOIUIA3MAaTUYECKUE JOMEHBI. TpaHcMeMOpaHHbIe JoMeHbI 4, 5, 6 u 8
o0pasyioT caift, cBs3biBaformii ga woHa Ca’’. TIaBHOE OT/IMUME MEKIY MEPEHOCUMKAMH
3akmiouaercs B ToM, uto Ca’-ATPa3st PM-tuna (PMCA, 1IB) AKTUBHUPYIOTCS KOMIUIEKCOM Ca®'-
kanpbmoayiuHoM (CaKM), a ATPa3sl ER-tuna (SERCA, I1A) ne numetor CaKM-cBsi3bIBato1iero
momena. YV xmBoTHBIX Ca’’-ATPasbl [ByX THIIOB HMEIOT CTIPOTOE€ BHYTPUKICTOUHOE
pacrpeneieHye, 0T4Yero JaHHBIE TUIIBI IIEPEHOCUYUKOB U MOJyYWIA HAa3BaHUSA. Ca’"-ATPa3s1 PM-
THIIA JIOKAJIU3YIO0TCs Ha IazmanemMMe, ER-tuna — Ha sHnomeMOpanax. B pacTUTenbHBIX KIeTKax
TaKOro JKECTKOTO paclpeacICHHs Ca’"-ATPa3 pasHoro tuna He HaOmomaercsa. Tak, ATPa3a ER-
tuna (IIA) oGHapyxuBaeTcs Ha BaKyoJsIpHON MeMOpaHe, BHYTPEHHUX MeMOpaHaX XJIOPOIUIACTOB,
a TaKk)Ke Ha Iula3MajeMMe.

B mporecce meperoca noHoB Ca’'-ATPa3bl MpeTepreBaioT psifl CTPYKTYPHBIX H3MEHEHHI,
BIMSIIOIIIMX Ha cpoAactBo ¢ moHamMu U ATP. M3MmeHeHuss mpoHCXOISIT TMOCIEAOBATEILHO H
MIOBTOPSIFOTCS LIUKIIMUYECKH.

1) Ca’’-ATPasa cBsi3piBaeT jBa HOHA Kamblws (Bce Ca’ -CBA3BIBAIONINE OCIKH HMMEIOT

Tunmanble Ca’ -CBA3BIBAIOIINE [EHTPBI, KOTOPBIE HA3bIBAIOT EF-pykamu).

2) HNousl kanbuus crocoOCTBYIOT moBbimeHHuto cpoactBa ATPaszer k ATP. Monekynst ATP
CBSI3BIBACTCS B BUJIE KOMIUIEKCA ¢ HoHamMu Mg” .

3) OcymiectBisieTcss  aBroochopunupoBaHue InepeHocunka — y-pocdarHas rpymnma ATP
MEPEHOCUTCSI Ha OCTATOK aclapariHOBOI KUCIIOTHI.

4) ®ochopunrpoBanre CTUMYIUPYET KoH(OpMAIMOHHBIE M3MEHEHUs MoJjeKyiasl ATPa3wl, B
pesysbTaTe KOTOPBIX CBSI3aHHBIE MOHBI Ca’’ MepeHOCSTCS ¢ IUTOMIa3MATHIECKOH CTOPOHBI
Ha SKCTPAKIETOYHYIO CTOPOHY MEMOPAHBI.

5) B pesynbrare mamMeHeHus: KoHGOpMaIMU MOJIEKYJIbI CHIDKaeTcsi cpoacTBo ATPasbl k moHam
Ca®*, KOTOpBIe BHICBOGOK/IAIOTCS BO BHE-KIETOYHOE MPOCTPAHCTBO.

6) ®ocdarHas rpyrra OTHICTUIIETCS OT OCTaTKa acCllapariHOBOW KHCIJIOTHI.

7) JlebochopuanpoatHas H JeKalbLHHHpOBaHHAas Moiekyda Ca’ -ATPassl npuHEMAET
HCXOJIHYIO0 KOH(OPMAIIHIO.



BropuuHbIil aKTHBHBII TpaHcopT HoHOB Ca®” ocymrectsistiercs anTHmoprepamu Na'/Ca””
u H'/Ca®". V xuBoTHEIX Gombire pacrpoctpanen Na'/Ca®” o6mennuk, HO ecth Take n H'/Ca®".
B pacTHTENbHBIX KJIETKaX BTOPUYHO AKTHBHBIE TPAHCIIOPTHEIE CHCTEMBI HCIONB3YIOT
IPEUMYILECTBEHHO TPAJMEHT KOHIIEHTPAMA MPOTOHOB. HarpueBble aHTUIIOPTEPHI Y
PACTHTEILHBIX OPraHU3MOB BCTPEUAIOTCS KpaifHe PeiKko, M OOHAPYKHBAIOTCS, KaK MPaBMIIO,
TOJIBKO Y HATPUE(PUIBHBIX PACTEHUH.

NMHAYIMPOBAHHOE ITOCTVYIUIEHUE KAJIbIIWA B LIUTOIUIA3MY

Vousr Ca®" MPOHMKAIOT B MUTOMIA3My IO TPAAMEHTY KOHIEHTPALMI Yepe3 CeNeKTHBHEIC
Ca’"-kamansl. KaHamsl B HEAKTHBHBIX KIETKAX HAXOAATCS B 3aKPHITOM COCTOSHHH H HE
nponyckaror nousl Ca’’. Kak mpaBmiio, B CTPYKType HOHHBIX KAHATOB MOXKHO OGHAPYKHTH
ABTOMHTUOMTOPHBIA y4YaCTOK, KOTOPBIA 3amupacT KaHal. [Ipu MOIy4eHUH COOTBETCTBYIOIIECTO
CUTHaJIa KOH(OpPMAIHSI MOJIEKYJIbl IEPEHOCUNKA U3MEHSETCS, B Pe3yJIbTaTe 4ero (POpMHUPYIOTCS
MIHOBEHHbIE HOHOCEIEKTHBHBIC [IOPHI, Yepe3 KOTopbie HOHbI Ca’’ MPOHMKAIOT uepes MeMOpaHy
10 HAMPaBJICHUIO TPAIMEHTA KOHIICHTPAITHH.

CymecTByIOT pa3Hble TUIBl KaJbIHMEBBIX KAaHAJIOB, KOTOPbIE PA3IUYAIOTCS MO CHOCO0Y
pETyJISIHIH.

IMoTrenumnaa-ynpasisieMble KaHaabl (voltage-operated channels — VOC unu Voltage-
gated Ca’*-channel — VGCC) aKTHBHPYIOTCS TIPH W3MEHEHHH MEMOPAHHOTO MOTEHIHAIA.
Kanaiiel 3Toro tumna o0pa3oBaHbl MyJIbTHOCIKOBBIM KOMILICKCOM. KablineBbIli KaHA B KJIETKaX
CKEJICTHBIX MBIIII] MJICKOIUTAIOIINX COCTOMT W3 IATH CYOBEAMHUIL O, O, [, Y H O.
HawnGosnpmas u3 HUX, o, HEMOCPEICTBEHHO (POPMUPYET MPOBOAIINN KaHaI. DTa CyObeInHUIIA
UMEET YeThIpe MOBTOPSIOLIMXCS MOTHBA C HIECThIO TpaHCMEMOpaHHbIMM AoMeHaMu. OJUH U3
IIECTH TPAHCMEMOPAHHBIX TOMEHOB KaKION U3 YETHIPEX MOBTOPSIOMUXCS CTPYKTYP BBITIOTHSIET
CCHCOpHYIO pouib. Jlemossipu3aiuss MEeMOpaHbl BBI3BIBACT CIBUT CEHCOPHOTO JOMEHA, YTO
NPUBOJUT K H3MEHEHUIO KOH(OPMAITH MOJIEKYJIBI M OTKPBITHIO KaHajIa.

PenenTop-ynpasiasiemble kaHaiabl (receptor-operated channels — ROC) aktuBupyrotcs
UCKITIOYUTENFHO 10 PELENTOP-OIMOCPEAOBAaHHOMY IIyTH M HE pearupyloT Ha HW3MEHEHHE
NOTEHIMAa IUIa3MaTHYECKOW MeMOpaHbl. Pa3nuyaroT deThlpe MOATPYNIBI  PELenTop-
YIpaBIseMBIX MOHHBIX KAHANOB, ydacTBylommx B Tpancmopre Ca’'. K sroit moarpymme
OTHOCSTCS:

1) UCTUHHBIE pelenTop-yYIpaBisieMble KaHalbl, KOTOPBIE CAMH SIBJISIIOTCS pPELENTOpaMu

(noHO(OpPMEPHI) TN HETIOCPEICTBEHHO C HUMH B3aHMOICHCTBYIOT;

2) xaHaubl, akTHBHpYeMble G-0elTkoM (CHTHAJl OT pelenTopa nepeaaercs Ha kaHan depes G-
0enoK);

3) KaHANBI-PEUENTOPHI, YIpPaBIsieMble BTOPUYHBIMA MECCEH/DKEpaMH, aKTHBHPYIOTCS
uHO3uTON-1,4,5-Tpudocdarom,  wmHO3UTON-1,3,4,5-TeTpadocdharom, HOHAMH Ca2+,
UKInYeckuMu Hykieotuadocdaramu (cATP, cGMP);

4) KaHaJIBI, peryupyeMbie BbICBOG0xIeHHeM Ca® 13 BHYTPHKICTOUHBIX [EIIO.

B kauecTBe npumepa peLenTop-ynpasiseMoro KaHajia pacCMOTPUM pelenTop HHO3UTOJI-
1,4,5-tpudocdara (IPs-penienitop), KOTOPBIT JIOKaJTN3yeTCs Ha MeMOpaHax
SHJIOMJIA3MATUYECKOTO pEeTHKYyJIyMa. Bropuunelii mnocpeanuk uHo3utontpudocdar (IP3)
obOpasyercs B pesyJibTare pacmeruieHus: gpocharuammnosutoaaudocdara docdonumnazoir C.
CesspiBasice ¢ [P3-peunentopom IP3;, ctumynupyer oTkpbiBaHuE Ca** MIPOBOJMAILErO KaHajla U
criocobeTByet Mobmm3ari Ca>” U3 BHY TPHK/IETOUHBIX My JIOB.

Penenitop uno3uTON-1,4,5-Tpucdocdara mnpencrasiser coboir MoHoMmep (cnmaiin 60,
npe3eHTanus). C-KoHIEBas CTOPOHA MOJIEKYJBI 00pa3yeT IIECTh TPAaHCMEMOPAHHBIX JJIOMEHOB,
KOTOpble (HOPMHPYIOT cOOCTBEHHO KaHan. /[Ba apyrue ngomeHa (N-KOHIIEBBIE) OOpalieHbl B



CTOPOHY IHTOIUIa3Mbl. B 00JIacTH 3TUX TOMEHOB PACIIOJIOKCHBI CAalThl CBS3bIBaHUS [P, Ca” u
ATP, a Takxe JIBa CEpUHOBBIX OCTaTKa, KOTOpbIe (hochopunupyroTcs nmporenHkuHazamu PKA u
PKG. KapbOokcu-TepMuHaIbHbIA YYaCTOK MOJIEKYJIbl OPUEHTHPOBAH B LIUTO30JIb U BOBJIEKAETCS
B KOHTPOJIb OTKpbIBaHUsl KaHaia. HecMmoTps Ha TO, uto IP3-peuentop siBiasieTcss MOHOMEPHOM
MOJIEKYJIOH, CIIOCOOHOI aKTHBHPOBATHCA MHO3ZMTONTpHUDOChATOM ¥ TpoBOIMTH HOHEI Ca’’, B
memOpanax DIIP ero MmoHOMEpHI HOPMHUPYIOT TOMOTETPAMEPHYIO CTPYKTYPY.

[ToBbiienre koHueHTpauuu [P3; B 1muTOmiasmMe MNPUBOAMT K €ro CBS3BIBAHUIO C
perienTopoM. B OonbmIMHCTBE KIETOK MIleKomuTaromux [Ps3-pernientop akTuBHpyeTcs Npu
KoHueHTpanusix [P; mopsaka 0,1-2 MxM.

Beixog Ca’" yepes MOHHBIE KaHAThl COMPOBOXKIAETCA NPOTHBOTOKOM HOHOB K m3
LUTOIUIA3MbI BHYTPb BE3UKYJI. biarogaps 3ToMy KOMIIEHCUPYETCSl BBIHOC 3aps/ia B UTOILIA3MYy,
TO €CTh CHUMAETCS SJIEKTPOT€HHBIHN 3(PPeKT.

Ca>"-CBSI3BIBAIOIIUE BEJIKA

Bce m3Bectrpie Ca’'-cBA3bIBAfONME GENKH MMEIOT XapaKTepHbIE CTPYKTyphl — Ca’'-
CBA3BIBAIOIIME IIEHTPHI, Ha3biBaeMble EF-pykaMu. OTOT CTPYKTYpHBIM y4acTOK HMEET BH]
cnupanp—nensi—cnupans  (ciaaig 61-A, mnpesentaums). Kaxnaplii M3 Tpex CTPyKTYPHBIX
AIIEMEHTOB COJIEPKUT MPUMEPHO MO 12 aMHUHOKHMCIOTHBIX OcTaTKoB. lleTns HeoOxomuma ams
CBA3BIBaHUS MOHA Kaiblysl. KOOpAMHALIMOHHOE YMCIIO MOHA KaJbLUA COCTABIIAET 6—8, IOITOMY
st ero 3¢ ekTuBHOTO ynepkaHus B CTPYKType Oenka Heo0X0AUMO HAJTHYUE CUCTEMBI, KOTOpast
N03BOJIsIET 00pa3oBaTh C MOHOM OT 6 10 8 KOOPIMHALIMOHHBIX CBSI3€H ONpeNeNeHHON JJIHHBI.
HNmenHo Takoii cTpykrypou sBisercs neras EF-pyku. [lonmunentuanas nenodka newm EF-pykn
o0opaunBaeTcss BOKPYI MOHA Kaiblivs, oOpa3ys IMOYTH NpaBWIbHBIA OKTa’ap (cmaiig 61-b,
IIPE3CHTAlMs), Ha BEPIIMHAX KOTOPOTO HAXOJATCS aMHUHOKHMCIOTHBIE OCTaTKH, MPUHUMAIOIINE
ydacTue B CBS3bIBAHUM HOHOB KalblUs 4Yepe3 KHCIopoacoaepxkamue rpynnsl. [Ipm stom
YCTAHABIMBACTCA 6 KOOPIMHAIMOHHBIX CBs3el. CPOJACTBO KakIoro MHIMBHayatsHoro Ca’'-
CBSI3BIBAIOIIETO CAaliTa COCTABIISIET 10°-107 M.

BonsmmacTBo Ca’ -cBsi3pIBarommx GeIKOB comepskaT mapHoe KommdectBo EF-pyk (caiin
62, mpesentauus). Ilapusie Ca’' -CBS3BIBAIOMME LEHTPH (DOPMHPYIOTCS HA OJHOM YdYaCTKe
HNOJUMNENTUIHON 1eny, npudeM o0a OHM CHOCOOCTBYIOT B3aUMHOW crabmnu3anuu. /laHHbIE
CTPYKTYpbl 00J7a/1al0T 3HAYUTEIBHOM MOJABMKHOCTBIO, KOTOpas HEOOXoauMa Ui BBIOJHEHUS
PEryJIsSTOPHBIX  (DYHKIHH, [03TOMY BO3MOXHOCTh B3aMMHOH crabmimsamun gByx Ca’ -
CBSI3BIBAIOIMX LIEHTPOB SIBJISETCS BaXKHBIM (DAKTOPOM CTAaOMIBHOCTH BCEHl MOJIEKYJIbI OerKa.

CymrecTByIoT Oelku, UMeronue pasnmyHoe kommdectBo EF-pyk: 2, 3, 4, 6. HauGonee
OPOCTBIM SIBJISIETCS MOJPOOHO U3YyUYEHHBIH HU3KOMOJEKYJISIpHBIH O€JIOK KHMIIeYHUKA —
KaabOMHAuH (cmaiin 62, mpeseHrtanus). llomunenTuaHas I[eMb MOJEKYJbl KalbOMHIWHA
dopmupyer sumb a8e EF-pykn. KanbOMHIUH BBINOJHSET POJIb B CBA3BIBAHMU U YIEpPKAHUU
Kanblus. PerynstopHoil ¢pyHkuueit oH He obnanaet. [lpu cBA3BIBAaHUM KalbLUs CYIIECTBEHHBIX
U3MEHEHUH B IPOCTPAHCTBEHHOMN CTPYKTYpe MOJIEKYJIbI KaJIbOMHNHA HE HaOJII0JaeTCsl.

CaMbIM H3BECTHBIM M LIMPOKO PACIPOCTPAaHEHHBIM Ca’ -CBS3BIBAIONMM PEry/ISTOPHBIM
OCIIKOM SIBJISIETCS KAJIbMOXYJIMH — HU3KOMOJICKYJISIPHBIN O€JIOK C MOJIEKYJISIpHOM Maccoi 18 k/]
(cmaiinm 62, mpeseHtauusi). KanbMOIyJaMH MpPUCYTCTBYEeT NPAKTHUECKH BO BCEX KIIETKax
HUBOTHBIX, PACTCHUH M TpUOOB, (PYHKIMOHHUPYS B HMX KaK MHOIOLIEJIEBOW BHYTPUKIIETOUYHBIH
peuenTop sl HOHOB Ca*’. Kommexe Ca “—xanmsMmoxyuH (CaKM) He 061amaeT GepMeHTaTHBHOI
AKTUBHOCTBIO, OH BBINOJHAET POJIb AUIOCTEPUUYECKOTO PEryJsTOpa, KOTOPBIM YYacTBYeT B
GOJBIIMHCTBE TPOLECCOB, PEryIMpyeMbix HoHamu Ca’'. DTOT GENOK MOIYIHpPYET aKTHBHOCTH
(epMEHTOB, Y4YacTBYIOUIMX B OOpa30BaHMM U Pa3pyLIEHUM LUKINYECKUX HYKJICoTHI0B, NO-
CHHTa3bl, Pa3IUYHBIX NPOTEHMHKHMHA3, (ochomudcTepassl U ApYrux (epMeHToB. B HExoTOphIX
Cllydasix KaJbMOJIYJIMH BCErJa CBSA3aH CO CBOEH MHUILEHBIO, SIBISACH IOCTOSHHOW PETyJIATOPHON
cyObenuHHuLEH psna (QEepMEHTHBIX KOMIUIEKCOB, Hampumep, KuHa3bl Qocdopmnazpl. C



KaJIbMOJIYJIMHOM CBSI3aHA PETYJSIIHS aKTUBHOCTU CTPYKTYPHBIX O€JIKOB IIUTOCKENeTa, a
CJIEIOBATENIbHO, MPOLECChl 3K30- M HHAOLUTO3a, a TakKKe BHYTPHUKIETOUHOE JBUKCHHE.
Conepxanue Oellka KajdbMOJIyJIMHA B KJIETKE TOCTaTOYHO BBICOKOE. B THUNMUYHON >KMBOTHOMU
KJIETKe OHO COCTaBisieT okono 1% oT obuieit Macchl Kierounoro Gemka (Gomee 107 momekys).
Kamemonynwa mpenctaBiser co0OW KOHCEPBATUBHBIA OXMHOYHBIA TTOJIATICIITHI, COCTOSIIIHIA
npuMepHO u3 150 aMUHOKUCIOTHBIX OCTaTKOB. Ero cTpykTypa chopMupoBaHa mperuMyIieCTBEHHO
O-CTIMPAJIBHBIMU  ydacTKaMu. [IpocTpaHcTBeHHast CTpykTypa Oenka 1o ¢opMe HarmOMHUHAET
rantenb. Ha N- u C-KOHLEBBIX y4acTKax MOJIEKYJIbl HAXOASTCS IO JBa Ca2+-CBﬂ3HBa}ome
HEeHTpa, npenctaBieHHbIX EF-pykamu. CpenuHHas 4acTh MOJIEKYJIbI chOpMHUPOBaHA IIEHTPATLHOU
OL-CTIHPAJIbI0, UIMEIOIIEH OTPULATENIBHO 3apsKEHHbIE aMUHOKUCIIOTHBIE OCTATKH.

B orcyrcTtBUM HMOHOB Ca** o-crimpany, (raankupyromue netnun EF-pyku, pacnomararotcs
MPaKTUYECKH MapauIeIbHO IICHTPATBLHON o-criupaiu. B Takom cocTossHum ruipooOHbIe yIacTKU
TEPMHUHAIILHBIX JJOMEHOB MOJICKYJIbl KaJIbMOIYJIMHA OKAa3bIBAIOTCSA 3aKPBITHIMH, MOCKOJIBKY OHH
NPWXAThl K IEHTPaIbHON o-criupanu (ciaig 63-A, mpe3eHTarus). ITO JelaeT HEBO3MOKHBIM
B3aMMO/ICHCTBHE ITOTO OEJIKA C €r0 MUIICHSIMHU.

Korpa kneTka mosy4yaeT BHENIHUN CUTHAJ, CTUMYJIMPYIOIIUN MOBBIIICHHE KOHIIEHTPALUH
KaJbliUsl B ILMUTOIJIa3Me, KaJIbMOIYJHMH CBs3bIBaeT 4 HOHa Ca®". Dro CONIPOBOXKAAETCS
KOH(OpPMAITMOHHBIMM  W3MEHEHUsMH: o-criupanu  EF-pyk  oTnamsiroTcss OT  IeHTpabHOM
O-CTIUpaNy, MPUHUMAas TNEepIeHANKYIIpHOe el monoxeHne. TakuMm oOpa3oM, MOJeKyJa
KaJbMOJyJIMHA pa3BopauuBaercs (cmainy 63-b, mpesentauus). B pesyaprate 3TOrO
BBICBOOOKJAETCSl LIEHTPAJIbHAS O-CIIUPab U TUAPO(OOHBIE pallOHbI TEPMHUHAIBHBIX TOMEHOB,
HEOOXOUMBIX JIJIsl B3aUMOICHCTBUS KaIbMOIYJIMHA C OETKaMU-MUIICHSIMH.

benku-MuIieHn KaabMOIYJIMHA UMEIOT OCOOBIA YJacTOK, MPEACTaBICHHBIA aMPUPUIBHON
OL-CIIUPAJIBIO, o0oramieHHOH MOJIOKHUTEIBHO 3apsKEHHBIMU u ruipooOHBIMU
AMUHOKHUCIIOTHBIMU OcTaTKamu. [Ipudem 3apspkeHHbIE U THAPO(OOHBIE TPYIIBI PACIIONATAIOTCS
Ha TIPOTUBOMOJIOKHBIX TMOBEPXHOCTIX o-crupanu (crmava 63-1°, mpesentamwms). Packpbitas
MOJIEKYJIa ~ KaJlbMOJYJMHA B3aUMOJEWUCTBYET OTPULATEIBHO 3apsUKEHHBIMU — TpylnamMu
HEHTPAIBHOU O-CIIUPATH C TOJOXKUTEIBHO 3apsSKEHHOM TMOBEPXHOCTBIO COL-CIIUpaM Oerka-
MUIIIEHU, a TUAPOPOOHBIMHU yYacTKaMHU TEPMHUHAIBHBIX JOMEHOB — C THAPOGOOHOU
MOBEPXHOCTHIO O-cTiMpany Oenka-muineHu (cmain 63-B, npesenranus). Kanemonynus, Takum
o0pa3oM, 00xBaTeIBaeT aMpUPHIEHYIO CIIUPATh OEITKa-MHUIICHA U CTUMYJIHPYET U3MEHEHHE €T0
MIPOCTPAHCTBEHHOW CTPYKTYPHI U CBOMCTB.

CHIXeHHUE KOHIICHTPAIIMU UOHOB KJIBLIUSI MPUBOIUT K 00paTHOMY 3P (HEKTYy — HOHBI Ca*"
nuccoruupyror or CaKM, a [exkanbLIMHMPOBAHHBIA KaJbMOAYJIUH TEpSET CPOACTBO C
MUIIEHSMH.

KOBAJIEHTHAA MOANPUKALIUA CUT'HAJIBHBIX IOCPEJHUKOB

Monymnsiuuss  aKTUBHOCTH — (DYHKIIMOHAJIBHBIX ~ OCNKOB ~ BCIEACTBHE W3MEHEHHS UX
KOH(GOpMAallMK JOCTUTAaeTCs HE TONBKO TMPH B3aUMOJACUCTBUU C  aTIOCTEPUUECKUMU
peryinsTtopamMu, HO W IIyTeM KOBAJCHTHOM Momudukanmuu. TpeTHdyHas WM YeTBEPTHYHAS
CTPYKTypa OEIKOB MOKET OBITh U3MEHEHA B pe3yjbTare:

— MPHUCOENMHEHNS WIN OTIICTUICHHUS TpocTeTHYeCKuX Trpymi (hocdaros, cymphaToB, MOHO-

Y OJINTOCaXapuIoB H T. 11.);
— MOoIupUKALMKU T[EPBUYHOM CTPYKTYypbl (OrpaHUYEHHBIH MPOTEOJIU3, OTIICTIIICHUE
KOHIICBBIX aMHWHOKHUCIIOTHBIX OCTATKOB N I[p)

[TomoOHBIE W3MEHEHUS OCNKOB TPOUCXOAST TOCTTPAHCISIMOHHO B TPOLECCe UX
CO3PEBaHMsI, HO MHOTHE U3 MOAUDUKAINI MOTYT OBITH 0OPATUMBIMU U UCHIONB3YIOTCS KIIETKaMU
JUISL pETYJIATOPHBIX MEXaHU3MOB.



PerynaropHslii KOHTPOJIb MyTEM KOBAJCHTHOW MOAN(MUKAIINN HMEET OJJMH HEJOCTATOK: OH
HE MOXXET 00eCleYnTh BBICOKYIO CKOPOCTh M3MEHEHMs aKTUBHOCTH, HEOOXOAUMYIO, HallpuMep,
Opyd OCBOOOXKIIEHHH TPAHCMHUTTEpPA WM COKPAIIEHUH MBI, Perynsmus 3THX TPOLECCOB
OCYIIECTBIISIETCS Yepe3 ObICTPOe H3MEHeHHe KoHIeHTpawuy HoHos Ca”'. Ho U B 1aHHOM cilyuae
KOBQJICHTHAsT MOJTU(HUKAIMSA WMEET OIpPENEeJIeHHOE 3HAYEeHUE, MOCKOJIBKY MOXET TOBBICHTH
KOMIIETEHTHOCTh (pepMeHTa. B MblieyHoi TkaHH, Hampumep, dochopunupoBaHue GpepMeHTa
KHHA3bI HOCHOPHIA3b! CIOCOGCTBYET YBEINUEHHIO ero cpoacTsa k Ca’.

HanOonee 3HauuMBIMU B PETYJISATOPHOM OTHOIIEHUH M IIOBCEMECTHO PaclpOCTPaHECHHBIMU
B TpHpPONE SBISIIOTCS MOAW(pUKAUK OEemKOB  rmocpenacTBoM  (GocopuiaupoBanuss
nedocopmupoBanus. OTO HEYIUBHUTENbHO, TaK Kak BBEICHHME WM yAaleHue (ocdaTHOi
TPYMIIBI CIIOCOOCTBYET 3HAUMTEIFHOMY TepepactpeelIiCHHIO 3apsI0B B OCIKOBBIX MOJICKYJIAX,
YTO B 3HAYUTEIBHOMN CTENEHH OTPa)kaeTcsl Ha MX CTPYKTYpe U CBOICTBaxX.

KocBeHHBIM MOATBEPKACHUEM BaKHOCTH (ochHOpMIMPOBaHUS OCIKOB SBISETCS HATHYNE
y 9YKapuoT OOJIBIIOr0 KOJMYECTBA T'€HOB, KOAMPYIOUIMX NPOTEMHKMHA3bl — (EpMEHTHI,
Karanm3upyronme nepeHoc gocpara or ATP Ha cnenmduuecknii aMUHOKUCIIOTHBIA OCTATOK.
Tak, B reHOMe Jposxxkeil oOHapykeHo Oosee 120 reHOB pazaMuUHBIX NMPOTEMHKHHA3, & T€HOM
YeJI0BEeKa, [0 HEKOTOPBIM OIleHKaM, Koaupyet 6onee 1000 satux ¢pepmentoB. Kpome toro, Oonee
30 % umToIUIa3MaTHYECKUX OEJIKOB UMEIOT KOBAJIEHTHO CBSI3aHHBIN (ocdart.

®ochopunupoBaHre CYIIECTBEHHO HM3MEHSET MPOCTPAHCTBEHHYIO CTPYKTYpY H,
COOTBETCTBEHHO, CBOWCTBa OenkoB. OJHaKO HE CyIIECTBYeT OOIIeH 3aBHUCUMOCTH MEXITY
HanmmureM (ocdaTHOW TPyNmIbl M aKTHBHBIM COCTOSHHMEM Oenka. Eciam ogmH B Oenka B
bochopunUpOoBaHHOM COCTOSIHUM TEPEXOIUT B AKTUBHYIO (GopMmy, TO Ipyroil, Haobopor,
uHruoupyercs. Hampumep, kuHaza rimkoreHpochoprinassl aKTUBUPYETCS B pe3yJbTare
dochopunupoBanus, a aAKTUBHOCTb KHUHa3bI TJTUKOT€HCUHTA3bI yTHeTaeTcsl.
HedochopummpoBanue OeNKOB OCYIIECTBIISCTCSA COOTBETCTBYIOIIMMHU
docdomnporenndpocdarazamu u okazbiBaeT 3G ekt oOpaTHbIN HocHOPHUINPOBAHUIO.

®ocdarnpie Tpynnsl B OETKOBBIX MOJEKYJIaX MOTYT OBITh CBSI3aHBl C Pa3TUYHBIMU
aMHHOKHUCIIOTHBIMM OCTaTKaMu. bosee o0ObluHBIM sBIsieTcs (HOCHOPUIMPOBAHNE CEPUHOB,
TPEOHMHOB, HO TaKkke GochaThl MOTYT MPUCOETUHATHCA K OCTATKaM THPO3UHOB M THMCTUIWHOB.
[Tpucoenunenne docdara OCyMECTBIACTCS HE TOJBKO MPOTEHMHKHWHA3aMHU, HO M (epMeHTaMu
pocporpancpepazamu, xotopbie mnepeHociar ¢ocdar or oxHoro Oenka K Jpyromy, He
ucrnosib3ysi ATP. Tlpumepom Takoi Tpancdepassl sBasieTcs TUCTUIMHOBas (GochoTpancdepasza
HPt, xoropas (QYHKUMOHHPYET B JBYXKOMIIOHEHTHOW MHOTOCTYIIEHYAaTOW pPETrYJISTOPHOM
cucreMe pacreruii. HPt mpuaumaer docdar Ha ocTaTOK THCTHAWHA OT OCTaTKa acraparuHOBOW
KHCJIOTHI receiver-10MeHa TUCTUMHOBONW KMHA3bl U MIEPEHOCUT €ro Ha aclaparuHOBYIO KHUCIOTY
receiver-1oMeHa peryisaropa oTBeTa. (DyHKIMOHAIBHOE pa3iIMuue MeEXJIy KHHA3HbIMU H
docdorparcdepasHbIMU PEAKIUAMHI 3aKII0YaeTCs B TOM, YTO HAa YPOBHE KHWHA3 MPOHMCXOIUT
yCUJICHHE CUTHAJIA, a Ha ypoBHE dochoTpancdepas — HeT.

[TpoTenHnkuHa3pl, KaTanusupyiomme nepeHoc y-pochata ATP Ha Monekynsl Oenka,
pa3nuyaroTcs MO CyOCTpaTHOH CIenUPUIHOCTH — OHH  (ocHOpMIHPYIOT KOHKPETHBIC
AMHHOKHUCIIOTHbIE OCTaTKH, JIOKAJM30BaHHbIE B ONPEAEICHHBIX IOCJIEI0BATEIbHOCTSX.
[IpoTenHKMHA3BI pa3IMYAOTCS TAKXKE MO CTPYKTYPE U CIIOCO0Y aKTHUBAIHH.

PACTUTEJIBHBIE CEPUH-TPEOHMWHOBBIE IPOTEMHOBBIE
KHNHA3DbI

[TocTTpaHCIAIMOHHAS obpaTumMas Mo UKAIHST 0enKoB yTeM
dochopmmpoBanus/nedochopunrpoBanus (KuHa3HO-PochaTa3HBIA HUKIT) SBISICTCS BAKHBIM
perynsartopabiM  MexanusmoMm. Xautep (Hunter, 1987), wucmons3ys 3JeKTPOTEXHHYECKYFO
TEPMHUHOJIOTHIO, CPABHUBAET KWHA3HO-(ochaTazHy0 CUCTEMY C TPAaH3UCTOPOM, KOTOPBIH MOXKET
JICUCTBOBATh KaK IEpeKIoYaTeb, BKIOYAs WM BBIKIIOYAs OCNKH-MHIICHH, WM Kak



YCHJIUTENb, yBENWYMBas aMmIummTynqy curHama. Xapaum (Hardie, 1999), mpomomxast 3Ty xe
AHAJOTHIO, Ha3bIBAa€T CHUCTEMy OCJKOBBIX KWHAa3 M Qocdara3 B KIETKE NEHTPAIbHOM
nporeccopHoi exununei (CPU). Knerounas CPU monydaer mHDOpMammio o BHENTHEH cpene
yepe3 CCHCOpPHBIE U pELEeNTOpHble OenkH, oOpabaTbiBaeT ee, a 3areM MOCBUIAeT
COOTBETCTBYIOIME YTPABISIONIAE CUTHAIBI, PETYIHPYS METa0oJn3M, TpaHCMeMOpaHHBIC
MOHHBIE TOTOKH, SKCIIPECCHIO TEHOB, POCT U JICTIEHUE KIIETOK.

Cpemn Bcex OCTKOBBIX KHHA3 CEPHH/TPCOHHMHOBBIE KHHA3bl SIBIISIOTCS  CAMBIMH
pacnpocTpaHEeHHBIMU B KHBOM Mupe. Eciu, Hanmpumep, THPO3UHOBBIE (PEIETITOPHBIE) KUHA3HI
XapaKTepHBI Ui KUBOTHBIX, @ TUCTHIMHOBBIC (PEUENTOPHBIC) KWHA3bl — JJISI PACTCHUH |
OakTepuii, TO CEpPHH/TPEOHUHOBBIC KHHa3bl OOHAPYXKEHBI y BCEX TIPYINI OPTraHU3MOB U
IOPUCYTCTBYIOT Yy KaXIOrO0 OTAEJIbHOTO BHJa B OOJBIIOM pa3HOOOpa3uu. AHaIu3
nocnenoBarensHocTH JTHK mo3Bommn BeISIBUTE TONBKO y Arabidopsis thaliana 175 pa3nudHbix
CepUH/TPEOHNHOBBIX KWHA3.

MHorue W3 cepuH/TPEOHMHOBBIX KHHA3 pacTeHHi ObLIM OOHapy)XeHBI ITyTEM MOUCKa
MIOCJIEIOBATEIPHOCTEH, XapaKTepHBIX ISl KMHA3 KUBOTHBIX W IpuOoB. OHAKO, HE CMOTpPS Ha
MOIIIHOCTh 3TOTO METOJa, OH HE TIO3BOJHUT BBISIBUTH MOJHBIH CIEKTP PaCTUTEIBHBIX
CEpUH/TPEOHWHOBEIX KWHa3. BoO-TIEpBBIX, B PACTCHHUSAX MOTYT OBITh WHACHTH()HINPOBAHBI
HETUTIMYHBIC JUIS 3YKapUOT «IIPOKApPUOTHYECKHE» KWHA3bl (HalmpuMep, TUCTUAMHOBBIC KHHA3BI
JIBYXKOMITOHEHTHBIX CHCTEM). BO-BTOPBIX, HE HCKIIIOYE€HA BO3MOXKHOCTh CYIICCTBOBAHUS KIHA3,
XapaKTEePHBIX MCKIIOYUTENBHO ISl paCTUTEIbHBIX OpPraHu3MoB. B HacTosmee Bpems HanOosee
IPOTPECCUBHBIM METOZOM HACHTH(GHUKAINK (YHKIHOHAIBHBIX OEIKOB, B TOM YHCIIE KHHA3,
SBJISIETCSI KJIOHUPOBAHUE MYTAHTHBIX TCHOB, BBISBICHHBIX Y MYTAaHTOB JAE(EKTHBIX II0
COOTBETCTBYIOIIUM (PH3HOTOTHYECKUM (DYHKITHSIM.

KAJIBLIVI-3ABUCUMBIE ITPOTEVMH-KMHA?3BI (CDPK)

Kampriuii  sBASieTCSI  YHUBEPCAJIBLHBIM — BHYTPHUKJICTOYHBIM  MECCEH/DKEPOM, KOTOPBIN
NPUHAMAET y4acTHe B PEryIMILMH SKH3HEACATeNbHOCTH Kietkd. Mombl Ca®’ MOryT mpsimo
BO3/1EiiCTBOBATh HA (DYHKIMOHANbHBIC OCIKH, CBA3BIBASCh ¢ HUMH depes Ca’ -CBSI3BIBAIOIINE
ueHTtpel (EF-pyku), wiam omocpenoBaHHO dYepe3 HU3KOMOJICKYJISIPHBIM O€lOK KalbMOJIYJIHH.
VI3BECTHBIC CEPHH/TPEOHMHOBBIE KHHA3BI JKMBOTHBIX peryaupyiorcs Ca’ -KanbMoTyTHHOM
(CaM). Ux mHa3pBalOT KajJabMOAyJHH-3aBUcHMble KuHa3bl (CaMK). B otcyrcTBUUM
kanpmonymuHa CaMK — mojgmepkuBaioTCsi B HEAaKTUBHOM  COCTOSIHMHM, Tak — Kak
ABTOMHTUOUTOPHBIN paiioH (TCeBAOCYOCTpaTHBII MOTHB) 3aKpbhIBaeT JOCTYN cyOcTpata K
knHazHOMy nomeny. [Ipucoemmnenne CaM k CaM-CBS3BIBAIONIEMY YYacTKy CTUMYJHUPYET
U3MEHeHHe KOH(pOpMAIN KUHA3bl, YTO IPUBOJNUT K €€ aKTHUBALIUU.

VcclenoBaHHe DPACTHTENBHBIX KHHA3 IOKA3alo, YTO HX aKTHBamus noHamu Ca’’ He
TpeOyeT mnpucyTCTBUsA KampbMmomynuHa. Oxazamoch, uyto B C-TepMHUHAIBLHOM pailoHE
PACTUTENBHBIX KAJIbIUN-3aBUCUMBIX TPOTEHMH-KMHA3 HAXOIUTCS JIOMEH, KOTOPBIA COACPKHUT
yeTelpe KoHcepBaTUBHbIX EF-pykm u Ha 39% wuaeHTHYEeH KalbMOIYNHMHY. OTOT Y4acTOK
HA3bIBAIOT KaNbMOAYIUH-oA00HBIM goMeHoM (CLD — CaM-like domain). Hanmuune EF-pyx
OTIPEENISeT CIIOCOOHOCTh KHHA3 HEMOCPEICTBEHHO CBSI3BIBATH HOHBI Ca’ M pearnpoBaTh Ha
W3MEHEHHE WX KOHIICHTpAluu B KieTke. OCOOEHHOCTH CTPYKTYpPhl PACTHTEIBHBIX KaJIbIIHIA-
3aBUCUMBIX TMPOTEHH-KMHA3 ONpEACNWIM HMX Ha3BaHHE «KaJbMOAYIHH-NIOJO00HBIN JOMEH
npotenH-kuHa3e (CaM-like domain protein kinase — CDPK).

B renome pactenuii maentudunmpoBanbl MHOKecTBeHHBIE TeHbl CDPK. V' Arabidopsis
thaliana obnapyxeno 13 xuna3 cemeiictBa CDPK. OTu knHa3bl 3KcripeccupyroTes: cienuGuaHo
OTHOCHUTENIbHO THUIA TKAaHW U CTaJuU Pa3BUTHs pacTeHHs. BeposTHO, O0iblIOe KOJUYECTBO
n30hopM obOecrmeynuBaeT CrnenuUIHOCTh W IJIACTHYHOCTh OTBETA HA PA3IUYHBIC CTUMYIIBI,
BJIMSIIOIME HA TOBBINIEHUE BHYTPUKIETOUYHOMW KOHLIEHTPAIMM HOHOB Ca®*". O6mwme CDPK B
T€HOME PACTCHHIA, KaK CUUTAIOT, CBSA3aHO CO CHEIMU(PUYHOCTHIO M TUIACTUYHOCTHIO OTBETHOMU



peaKIy Ha pa3InYHbIE CTUMYJBL. JTO BBIPAXKAETCS B TOM, YTO B PACTEHHSX crenu(uyHbie
u3zodopmbl CDPK skcnpeccupyroTcst B 3aBUCUMOCTH OT THIIA KJIETOK M cTaauu pa3Butus. Kpome
Toro, otaenbHbIe Gopmbl CDPK crieruduaHb! K onpeeneHHbIM OeTKOBBIM MHUIICHSIM.
[Ipennonaraembivu MumieHssMu CDPK  gBisitoTcst MHOrMe (yHKUMOHANbHbIE OENKU C
pasnuuHbBIME QyHKIUsAMHU. Harpumep, akBarmopuHsl (HOLYIHH 26 — aKBallOpUH CHMOMOCOMHOM
MeMOpaHbI, OKpY>Karolleil a3zoTukcupyronme OakTepuu B KiIyOeHbKax OOOOBBIX pacTEHUM;
o-TIP — TOHOIIACTHBIN CYIIECTBCHHBIN O€OK-0l, OOHApyKeH B ceMeHax (hacoyin B MeMOpaHe
BaKyOJIeH C 3aMacHbIM OCJIKOM), HUTpaT-peaykrasza, Cl -kaHasbl, caxapo30-CHHTa3a | JIp.

SNRK — SNF-1 [TO/IOBHBIE KNHA3bI

PacturensHbie kuHa3zbl cemeiictBa SnRK  sBistoTCS romonoramMu ApOXOKEBBIX KHHA3
SNF-1. Orctona SnRK — SNF-1 nonoGusie kunasbl (SNF-1 related kinase). K atomy xe Tumy
knHa3 oTHocaTcs AMP-aktuBupyembie kuHa3bl (AMPK) wmnexonutatromux. Y Arabidopsis
thaliana nnentuduuposansl n18a nojacemeiictea: SNRK1 u SnRK2.

Bce kuHaszpl, romosormuyHbie SNF-1, akTUBHpyeTCs TPEANOYTUTEIBHO B CTPECCOBBIX
YCIIOBHS, IIPU KOTOPBIX CHUKAETCS YPOBEHD IIIFOKO3bI M aIcHO3UTpU(OCGHaTOB, a KOHLIEHTPALIHS
AMP nosbimaercsi. OCHOBHasi CTPAaTerWsi MEXaHU3MOB, PETYJIMPYEMBIX STHUMH KUHA3aMHU,
HampaBjleHa Ha CHWKCHHE YPOBHSI OMOCHMHTETHYECKHX TMPOIECCOB U  aKTHBALUIO
aJTbTEPHATUBHBIX KaTaOOIMYECKUX MyTEH. DTO CIIOCOOCTBYET MOBBIIEHUIO npoaykiuu ATP, u
NepepacHpeesICHNI0 SHEPTETUUYECKUX PECYPCOB Ha alallTAllMOHHBIE ITPOLIECCHI.

Kunazer SNF-1, AMPK u SnRK O6nu3ku 1o CTpykType M CBOWCTBaM, HO KaXI0€
ceMelcTBO MMeeT creuupuueckue ocodbeHHoctu. KuHasbl Jposkked M KUBOTHBIX HMEIOT
TeTEepOTPUMEPHYIO CTPYKTYPY: O-CyObEeIUHHUIIA KaTaJuTHuecKas, a [3 W 7Y BBIIOJHAIOT
perynsaTtopHble (DyHKIMM ¥ Yy4YacTBYIOT B CBs3bIBaHHMU cyOcTpata. PactutenbHbie SnRK
paznuuaroTcst Mexay cobor mo crpykrype. SnRK1 cymectByer B BuIE MyJIBTUMEPHOTO
KOMIUIEKCa, MOJ00OHO JKUBOTHBIM U JPOXKKEBBIM romosioraMm, a SnRK2 sBnsercss oquHOYHBIM
MOJIUIIENTHIOM.

Karanutnueckue cyobenuuuipl kuHa3 SNF-1, AMPK u noncemeiictea SnRK1 umeror
BBICOKYIO cTerneHb romonoruu (60—70%) B obmactu kuHazHoro aomena. Y SnRK?2 BwisiBneHa
43% romonorus ¢ kuHasHeIM JoMeHOM SNF-1. Kpome storo mia SnRK2 xapakrepeH oueHb
KOpOTKUH C-TepMHHAJIBHBIA JOMEH, KOTOpBIM BKJIIOYAET KHUCIBIA y4YacTOK, COCTOSIILUN U3
MOJINTITIOTAMATHBIX u MOJIMACTIAPTATHBIX MOCJIEI0BATEIBLHOCTEM. Paznuuus B
KapOOKCHUTEPMHHAIBHOM 00J1aCTH, MO-BUANMOMY, ONPEACISIOT cyObennHnuHbid coctaB SnRK1
u SnRK2.

AxtuBanmsa. SNF-1 kuHa3za axkTUBUpPYETCS MNpU TJIIOKO3HOM TOJIOJAAHMU. MexaHu3M
akTuBaluu BKiIoudaeT ¢dochopunupoBanre SNF-1 crenududeckoit KuHa30i. AKTHBHOCTH
AMPK Haxomurcs TOJ JBOMHBIM  KOHTPOJIEM: PETYJSIHS  OCYIIECTBISETCA  4epes
amnoctepuueckre AMP-cBsi3bIBarolue nHeHTpsl U myTeM (GocGopuiupoBanus criernupuaeckon
kuHazoii AMPK (AMPKK). AkruBarust AMPK u nocienyromiee GpochopunupoBanme MUIICHEH
NPUBOJANT K CHIDKCHHIO TMMOTpeOsieHns wmeTtabonuyeckord sHepruu B Buae ATP 3a cuer
MHAKTHBALMK psAAa aHaOomuueckux mporeccoB. OMHOBPEMEHHO C OTHM HPOHCXOIHT
NEePeKIIoUeHNe MEeTaboIu3Ma Ha MCIOJIb30BaHUE AlIbTEPHATUBHBIX YHEPIeTUYECKUX CyOCTpaToB
st yeunenus cuHre3a ATP. Ilpm Hanmnumm MHOXecTBa CXOAHBIX uepT Mexay SNF-1
MOI00OHBIMHM KWHA3aMU )XKUBOTHBIX U Ipoxokei, SNF-1, Tem He meHee, He akTuBupyetcss AMP.

CemeiicTBO pacTuTenbHbIX KMHA3 SnRK 1Mo GOJBIIMHCTBY NMPU3HAKOB OYEHB CXOJAHBI C
AMPK wMiekonmuTammux, HO OHU HE aKTUBHUPYIOTCA aJeHO3WH-5'-MoHODocharom wu
perynupyroTcst Toilbko ¢ochopunupoBanueM. SnRK1 wumeer cnenuduveckuii 0ocTaTok
TpeoHHHa-172, ¢rIaHKUPOBAHHBIM  KOHCEPBATUBHOW  ToOcCienoBaTeNbHOCTHIO.  [logoOHas
MOCJIEIOBATEIbHOCTh, BKIIOUaromass TpeoHuH-172, ectp y AMPK, npuuem AMPKK
dochopmmpyer AMPK mno pamHomy Ttpeonmny. Ilpemmomaraercs, 4yro SnRK1 Takxe



dochopmmmpyercst 1o 3romy caidty. AkruBanus SnRK1 mpoucxoauT B yCIOBUSX cTpecca MpU
UCTOIIEHUN MCTOYHHMKA JIETKOYTWIM3HpyeMoro yriepoaa. Kak Obulo moka3aHo in vitro,
pacTUTEIbHbIE SnRK1 bochopummpyror TUAPOKCUMETUI-TIyTapui-CoA-peayKrasy,
caxapo3odocdaT-cuHTazy M HUTpaT-penyktasy. Dochopmiupys 3t (epmentsl, SnRKl1
UHTUOMPYET CHHTE3 HM30IMPEHOMIOB M Caxapo3bl, a TaK)Ke BOCCTAHOBIIEHHUE HEOPTaHHMYECKOTO
a30Ta M BKJIIOYEHHE €T0 B COCTaB OpraHndeckux coenuHeHuil. AxrtuBanus SnRK1 Biuser taxxke
Ha u3MeHeHue reHHol skcmpeccuu. SnRKI1 nepenpeccupyeT reHbl KaTaOOIMUECKUX MyTEH.
Hanpumep, reHsl caxapo30CuHTa3bl U (EPMEHTOB TJIMOKCHIATHOIO ILMKIA PEIpPEeCcCUPYOTCS
TJII0K030M, HO akTUBHpYyIOTCS SNRKI.

PELEIITOP-IIOJJOGHBIE KNHA3bI

Penenrrop-no00HpIe KUHA3BI y PACTEHUH NPEACTaBICHBI B OOJBIIOM pa3sHooOpa3uu. Bee
OHHU UMEIOT CXOJIHYIO CTPYKTYpPY M MEXaHM3M aKTHBAaLUU (CM. pasnen «PernentopHble KHHA3bD»).
3HaYHUTENbHBIE OTJIMYHMS OOHAPYXKHBAIOTCA B SKCTPAKIETOYHOM PEUENTOPHOM JOMEHE KHHA3.
Paznuuarot 4 rpynisl.

1) LRR-rpynna

2) S-nomeH rpymnmna

3) JlekTUH-IOAOOHBIN TOMEH

4) EGF

MAP KMHA3bI

B kreTkax >KMBOTHBIX U IPUOOB BBHISBICHBI U OXapaKTePHU30BaHbl KHHA3BI, (POPMUPYIOLIHE
KacKaJlHble PEryJIsiTOpHble cucTeMbl (i Moayiu). KuHasHble Kackajbl BKIIOYAIOT TpU (pexe
YeThIpe) KUHA3bI, KOTOPhIE MOCIeN0BaTeabHO (hochOopuIupyroT aApyr apyra. Momaynu paborator
B Hanpasienun MAPKKK — MAPKK — MAPK. BoibmMHCTBO KHHAa3HBIX KacKaJloB
aKTHUBUPYIOTCS depe3 Mmanble G-Oenku, kotopble B GTP-cBsizanHOW (akTHBHOW) Qopme
HernocpencTBeHHo B3auMmozeiictByroT ¢ MAPKKK. IlocpeactBoM KHHA3HBIX KacKa/ioB
peryiaupyercs aKkTUBHOCTb MHOXecTBa  (YyHKIMOHAIBHBIX OCJIKOB, B TOM  YHCIE
TPAHCKPHUIILIMOHHBIX (aKTOPOB.

B pacreHusx KrHa3Hble KacKaJbl M3yYECHbl MEHBUIE M MEXaHW3M aKTHUBAIIUM HE SICEH.
OpHako YCTaHOBJEHO, YTO B PACTUTENBHBIX KJIETKaX (YHKIMOHMPYIOT KacKaael U
uAeHTU(UIIMPOBaHBl KHHA3bl BCEX TpeX IMOACEMEHMCTB CTaHAapTHOro Moayis. B renHome
apabunorncuca ooHapyxeno cemb MAPK, msate MAPKK u msite MAPKKK.

PactutenbHble KMHa3bl 00J1aJal0T KOHCEPBATUBHBIMHU CTPYKTYpaMH, XapaKTEPHBIMH IS
AQHAJIOTUYHBIX KMHA3 KUBOTHBIX U rpuboB. MAPK conepxxat motuB Thr-X-Tyr B «T-metme»,
KOTOPYIO Tak)K€ Ha3blBalOT cerMeHTOM akTuBaumu. DocdopunnpoBaHue TpeoHHHA U
TUpO3uHa, KoTopoe kartamusupyer MAPKK, neobxomumo mist akruBaimun MAPK. MAPKKK
dochopunupyetr B Mosnekyine MAPKK octaTku cCeprHOB WM TPEOHHWHOB, KOTOPBIC SIBIISFOTCS
KOHCEPBATUBHBIMU JIJISl PACTEHUI.

Hns  omenkm ckopoctu axktuBauuu MAPK B KkadecTBe MMINEHU MCIOIb30BAIN
HCKYCCTBEHHBIN CyOCTpaT — MHEITMHOBBI OCHOBHBINM Oenok (myelin basic protein, MBP).
HccnenoBanus TMOKas3alnM, 4YTO KHHA3HBIE KACKaJbpl AaKTUBHPYIOTCS MHOTMMHM BHEHIIHUMU
CTUMyJIaMd W ropMmoHamu. Ilpum noGaBieHMHM ayKcWHAa B KyJbTypy KieTok Tabaka MAPK
aKTHUBUPOBAJIaCh 4epe3 ISITh MHUHYT. B mpoTomiactax KJIETOK aJedpOHOBOIO CIOS SYMEHS
MAPK akTtuBHpOBanach aOCIM30BOM KHUCIOTOH uepe3 MUHYTY. B IHCTBSIX KieBepa aKTUBAIHS
MAPK npoucxoauna moj BIUSHHAEM Pa3IUYHBIX CTPECCOBBIX BO3ICHCTBUN (XOJOIOBOH IIIOK,
o0e3BoXKMBaHUE, MOBpexIeHue) 6e3 yuactust ABK.



B nmucThsax Tabaka depe3 MUHYTY IMOCIE TIOpaHeHHsI Oblla akTHBHpOBaHa oaHa M3 MAPK
— WIPK (wound-induced MAPK). Iloka3zano taxxe, uto WIPK BoBiekaeTcss B aKkTHBaIUio
(epMEHTOB OKTaIEKAHOUAHOIO MyTH (CHHTE3a )KACMOHOBOM KUCIIOTHI).

Baxxnoit ocobeHHOCTBIO OonbIIMHCTBA M3BecTHBIX MAPK siBisercs To, 4TO akTHBAIUs
3TUX (EPMEHTOB KpPATKOBPEMEHHA. JTO CBSI3aHO € TeM, 4yTo npu aktuBammun MAPK
ctumynupyertcs Tpanckpunuus crenupudeckux MAPK docdataz aBoiinoil cnennduyHocTy.

[MUKJIMH-3ABUCHUMBIE KNHA3BI (CDK)

[{uknuH-3aBUCUMBIE KWHA3BI U [UKJIUHBI OBLIM MEPBOHAYAILHO OTKPBITHI KaK KIIOYEBBIC
PeryasTopbl KJIETOYHOTO IMKJIA, OTKYJa U MONYy4YHSu cBoe Ha3zBaHue. COBMECTHO 3TH Oenku
KOHTPOJIIUPYIOT TEpexoa K CUHTeTHueckoil (aze unmu mutozy. OgHAKO He BCE IHMKJIMH-
3aBUCHMBbIE KHHA3bl UMEIOT OTHOLLIEHHUE K PErYJISIUN KIETOYHOTO JAEJICHUS.

[{uknuH-3aBUCUMBIE KHUHA3bl JIPOXOKEH W MICKOMHUTAIOIIUX SBIAIOTCS HEOOIBIIUMU
oenkamu (0ko0i10 34 /1) 1 IpeCTaBISIFOT CO00 MUHUMATBHBIA KHHA3HBIN JOMEH. B cBOOOAHOM
COCTOSTHUM 3TH OCJKM KaTaJTUTHUYECKU HEaKTUBHBI U MPHUOOPETal0T KWHA3HBIE CBOMCTBA IMOCIE
CBSI3bIBAHUSI C UUKIMHAMH. Baxkuwni mas B3aummopneiictBuss CDK ¢ nuknmHamu ydacTok
conepxuT KoHcepBatuBHbIM MOTUB PSTAIRE. BoNbHIMHCTBO NMKIMH-3aBUCHMBIX KHHAa3
BBITIOJIHSIOT MHOXECTBEHHbIE PONM U UX (PYHKLIMOHAJIbHAS aKTUBHOCTb 3aBUCHT OT TOTO, C
KaKMMH [IUKJIMHAMU OHU OYIyT aCCOLIMUPOBATHCS.

[{uKIUHBI ¥ HUKIMH-3aBUCUMBIE KMHA3bl CHHTE3UPYIOTCS U JIETPaAUPYIOT B ONpeAeIeHHbIE
nepuoAbl KiaetoyHoro iukiaa. OOpasoBaHHbIN rerepoaumep ukInH—-CDK emie He akTHBEH U
TpeOyeT manmpHelme akTuBanuu myteM (ocdopunmposanus/aedochopunupoBanus. LukimmH-
3aBUCHMBbIE KHHA3BI UIMEIOT JIBa OCHOBHBIX yuacTKa (HochOopuInpoOBaHHUS:

1) ocratok TpeonnHa B aktuBannoHHOU T-nietne pochopunupyercst CDK-akruBupyromei
kuHazoi (CAK);

2) ocrarok THpo3uHa B mocienoarenbHocTH GXGXYX dochopumupyercs npyroi
KUHAa30H (Hampumep, y JeNSIIuXcs IpoxoKel mogo0HbIi ¢pepMeHT Ha3biBaeTcs Weel).

Ecmm  dochopunmpoBanme TtpeonmHa HeoOxomumo i aktuBaimmun  CDK, 1O
docdopuupoBanue THpPO3WHA, HAOOOPOT, HHrUOMpyeT ¢epMeHT. [l OKOHUYATENbHOMN
aKTUBAIMM IMKJIMH-3aBUCHMOM KHHA3bl HE0OXOAMMa aKTHBHOCTH (ocdartassl (y AesIIuxcs
nposxoxeit — CDC25) otmeruistonieit pocopHyto rpymnmy oT THPO3HUHA.

Takum 00pa3oM, IUKIMH-3aBUCUMBIE KHHA3bI aKTUBUPYIOCS MUHUMYM B TPH 3Tana:

1) acconmanus ¢ HUKIMHAMHU (3TOT TAIl KOHTPOJIUPYETCS HA YPOBHE TPAHCKPHUIILIUN);

2) hochoprnrpoBaHUE YIACTKOB aKTHBAIMH (TPEOHUH) U HUHTHOUPOBaHUS (THPO3UH);

3) aedochopunupoBanue hocPoTupo3uHa.

VY pactennii Arabidopsis thaliana o6HapykeHbI 2 TeHA, KOTUPYIOIUX TUKINH-3aBUCUMbBIC
kuHa3el — CDC2a u CDC2b. Onna u3 vux, CDC2a, congepxxut motuB PSTAIRE, kotopsrii
IIOJIHOCTBIO COOTBETCTBYET aHAJIOIMYHOM MocienoBaTeabHOCTH y kuHa3pl CDC2 npoxoxeil. B
mosiekysie CDC2b atotr MoTuB oTinuaercs isymst amuHokuciaoramu: PPTALRE. TlepBas kuna3za
¢ nocaenoBarenbHocTh PSTAIRE skcnipeccupyercs Ha NPOTSKEHUHM BCETO KIETOYHOTO LMKIIA,
torna kak Bropas (¢ Bapuantom PPTALRE) B TeueHnune y3koro meprojia MeXay CHHTETHUICCKOM
¢a30ii 1 MUTO30M.

B  pacrenusix  Arabidopsis  thaliana  oOHapy>XeHbI M  KJIOHHUPOBAaHBI  TaKXKE
CDK-aktuBupyromas kuHaza, 10 nukianHoB A/B Tuma, yyacTBYIONIMX B PEryJILUU MEpexoaa
G2—S, u Tpu mukiauHA D THNA (mepexox G1—M).

KA3EMHOBBIE KMHA3bI CK1 1 CK2

JlBa TmojcemeiicTBa Ka3eMHOBBIX KHHA3 OBLIM BBIABICHBI 10 MX CHOCOOHOCTH
docdopmmpoBars Monounslii 6emok kazenH. CK1 u CK2 3HauuTenpbHO OTIAMYAIOTCSA APYT OT



Jpyra 1o aMHHOKHCJIOTHOM NOCJIEA0BAaTENbHOCTH U MPOCTPAHCTBEHHOW CTPYKTYpE, HO, TEM HE
MeHee, UMEIOT HEKOTOophle Onmu3kue cBoicTBa. KuHasel obeux moacemeicTB (ochopunupyroT
OCTaTKU TPEOHHMHOB M CEPUHOB BO3JIE KHUCIBIX YYaCTKOB aMHUHOKHCIOTHOW 1enu. PasHuna
3akmoyaercss B ToM, yto CKI mpenmnodyutaer y4yacTKH, B KOTOPBIX KHCIbIE aMHUHOKHCIIOTBI
HAXOJSATCSI OTHOCUTENIHO CEpUHA/TpeOHIHA ¢ N- KOHIIEBOW CTOpPOHBI B mojoxennu P-3, a CK2
¢ KapOOKCHUKOHIIEBOM CTOPOHBI B MOJIOKEeHUU P+3.

[Ipennonaraercs, yto akTuBHOCTH CK1 1 CK2 He HaxonaTcs moJl TOHKUM KOHTpoJieM. [1o-
BUIUMOMY, OTH  KHHa3bl  00€CleYMBaIOT  KOHCTUTYTHBHBIM  Oa3albHBI  ypOBEHb
dochopunupoBaHus, a pEryJsUs OCYIIECTBISCTCS 3a CYET AaKTUBHOCTH IPOTEHHOBBIX
docdaras.

CK1 sBnsitoTcss MOHOMEPHBIMHU OelTKaMu. Y HUX JIOCTATOYHO IUPOKHH CIIEKTP CyOCTpaToB
in vitro, HO B OOJBIIMHCTBE ciy4aeB ¢ochopuaupoBaHue HE NPUBOJUT K HU3MEHEHUIO
aKTUBHOCTH CyOcCTpara.

Oynkuun CK1 He BBISICHEHBI, HO KaK MMOKa3bIBA€T MYTAaLMOHHBIM aHaIu3, 3TU KHUHA3BI
UMEIOT YpEe3BbIUaliHO Ba)KHOE 3HAUYEHME B JIEATENBHOCTH KieTokK. Ha npoxokax mokasaHo, 4To
neneuun aByx reHoB CK1 (YCKI u YCK?2) aBnsawoTcs JeTanbHBIMU, a HapyuieHue reHa HRR25
MPUBOJIUT K TUNEPUYBCTBHUTEIbHOCTH K neiicTtBuro JIHK-nmopexparommx arentoB. To ects,
npoaykt rena HRR25 yuactByer B Mmexanusmax penapauuu JIHK. B renome Arabidopsis
thaliana BeISIBIEHO TATH reHoB, komupyrommx uzodopmbl CKI1. Crpykrypa CK1 pacrenuit
cxonHa ¢ CK1 MIIEKOIMUTAIOIINX.

Kunaszer CK2 MIIEKONUTAIONIMX CYIIECTBYIOT IPEUMYILECTBEHHO B (hopMe TeTpamepa 03,
1 00J1alaloT HEOOBIYHOW Il KMHA3 OCOOCHHOCTHIO: Hapsay ¢ ATP oHM HCHONB3YIOT Takke
GTP. CyObequHHIBI O SBISIOTCS KATAIATHYECKON, a [3 BBIOJIHSIOT PEryJISTOPHYIO POJb:
MOJYJHPYIOT aKTUBHOCTb 110 OTHOILICHHUIO K OIpeIeIeHHBIM TUMaM cyOcTparta. Cpeau MHUIIeHeH
CK2 y mnenuraronux siBisitorcst JIHK-cBs3piBaromue 6enku, Harpumep, pS3, U TormonzomMepasa
II.  AxtuBHoctb CK2 CBsA3BIBAIOT C  YCTAQHOBJIEHMEM  KJIETOYHOM MOJSPHOCTH U
GyHKIIMOHUPOBaHUEM KJieTouHOTO Iukia. Hapymenue nByx renoB CK2 y S. cerevisiae (CKA1
u CKA?2) nMeroT jeTanbpHblid XapakTep.

Y Arabidopsis thaliana BbIsiBieHbI ABe N30(OPMBI KATAIUTUYECKON CYObETUHUIIBI OL U JIBE
— perynstoproii 3. B kinerkax CK2 npucyTcTByeT 1 MOHOMEPHO# GopMe u B BHIE TeTpaMepa
0B, Kak u y miexomuraromux CK2 pacrenuit ochopumupyer cepuH, (IaHKHPOBAHHBIH
KHCJIBIMH aMUHOKHUCIIOTHBIMH OCTaTKaMmu, U ucnons3zyetT ATP u GTP.

[IOJJCEMENMCTBO GSK3/SHAGGY

Kunaza rnukorencuuTtaspli-3 (GSK3) wiekonmurTammmx ydacTByeT B HMHCYJIHHOBOM
CUTHaJe, UHTHOUpPYs TIUKOTeHCHuHTa3y (ochopunupoBanueM. B cBoro ouepenb, aKTUBHOCTH
Takke perymupyercs ¢dochopunmpoBanuem. IlporennknHaza B wmHakTmBHpyer GSK3,
dbochopunupys cepuHOBBI OCTATOK B aMHHOTEPMUHAIBLHOM KOHIIEe. ['OMOIOrnyHas KWHa3a u3
Drosophila melanogaster, nponykt reHa shaggy/zeste-white 3, HeoOXomuMa II KOHTPOJIS
MPOIIECCOB Pa3BUTHAI.

@Oynkiun pactutenbHbIX roMosioroB GSK3 Henm3BeCTHBI, 0OIHAKO T'€HBI, KOJUPYIONIUE HX,
00HapyKUBAIOTCS y pacTEeHUI B 3HAUMTEIHLHOM KojuuecTBe. Hanmpumep, B renome Arabidopsis
thaliana wneHTndUIUpPOBaHO, TO MeHbImeH wmepe, naeciath GSK3-momoOHBIX KWHA3.
[Ipenmonaraercs, 4YTO pacTUTENbHbIE WrPAlOT BAXHYIO pPOJb B  Pa3BUTUH, HO
IKCTIEPUMEHTAIIBHBIX JIOKA3aTEeILCTB ITOKA HET.



CTR1/RAF-TIOJIOBHOE CEMEMCTBO

Kunaza CTRI1 Obla oOHapyKeHa y pacTeHHH KaK CyIIEeCTBEHHbIM CUTHAIbHbBIN KOMIOHEHT
THIeHOBOro curHana. Hapymenwe rema CTRI/ ¢ morepeid (yHKIMH TPUBOAUT K
KOHCTUTYTUBHOM TPOMHOHN pEaKkLMM, KOTOpas MpPOsBIAETCS Aake B OTCYTCTBUU TropmoHa. Ilo
ctpykrype CTRI1 sBisieTcs romonorom kuHa3 cemeiictBa Raf-1 muekonurarommx. AKTUBHOCTh
knHa3pl Raf-1 B *KMBOTHBIX KieTkax Moaynupyerca Ras G-Genkom, a ee MMIIEHBIO SBISETCS
MAPKKK — mnepBas kunHaza MAP-kuHa3Horo kackajna. CUrHaIbHBIM MEXaHHU3M, B KOTOPOM
yuactByeT CTR1, 3naunTensHo otnuydaercs oT Raf-1. bpiio nmoka3aHo, 4To aMUHOTEpMUHAIIbHAS
obmactb CTR1 HemocpenCTBEHHO B3aMMOAEHCTBYET C KHWHA3HBIM JOMEHOM OSTUJIEHOBBIX
penentopoB (TUCTUIWHOBBIX PELENTOPHBIX KHHA3), a MOHOMepHble (G-OCNKHM COBceM He
y4acTByloT B 3TwieHoBoM curHaje. Mumens CTR1 ne maentudunmposana. ITokazano, 4ro
nociie CTR1 B asTunmeHoBoM curHane akTtuBHpyeTcs 12-TpancmeMOpanHbiii Oemox EIN2,
TOMOJIOTHYHBINA EPEHOCYMKAM JBYXBAJIEHTHBIX METAJUIOB, HO pyHKUIMOHUpPYeT U Mexay CTR1
n EIN2 kuHa3HbBIN Kackaj, He U3BECTHO.

OOCPOITPOTEMH®POCPATA3DI

®epmentsl, aedochopunupyronme  (HochOnpOTEHHbI,  SBISIOTCS  KOMIIOHEHTaMU
CUTHAJIBHBIX CHUCTEM, B KOTOPBIX YYacTBYIOT MNpOTeHMHKHHA3bl. JlepochopuiupoBanue B
(YHKIIMOHAJTLHOM OTHOIIICHUHM TIPOTHUBOIOJIOKHO (OChHOPHINPOBAHNIO, HO HMEET TaKoe JKe
Ba)XXHOE peryisaropHoe 3HayeHue. Kak u nporenmHKHHA3bI, GochonporenHdocdaTassl, ¢ 0JHON
CTOPOHBI, MOT'YT BEPHYTh aKTUBUPOBAaHHbIE OEJIKU B COCTOSIHUE TIOKOS, a ¢ Ipyroil — Hao0opoT,
aKTUBUPOBATD UX.

Bce usBectHbie (ochomnporenHdochaTazbl moapa3aessitoTCs Ha JIBa OCHOBHBIX Kiacca:
PPl wu PP2. [lannHas xinaccupukamyss OCHOBaHAa Ha CyOCTpaTHON cCHEHU(PUUYHOCTH H
YyBCTBUTEIBHOCTH K WHruOutopaM. B kadecTBe CyOCTpaTHOTO «3TaJOHa» HCHONb3YIOT
cyObenuHMIBI KHHA3bl  (ocdopunazpl  MiekonuTamomux. Pocgonporenndocdarassr PPl
npeanouTuTeNnbHo aedocdopunupyror B-cyoreaunuity, docho-nporenndpocdarassl PP2 — a-
cyosenunuity. Kpome toro, PP1 unruGupytorcs sumorenusiMu 6enkamu uHruourop-1 (I-1) u
uHruourop-2 (I-2), a PP2 ycToitunBel K 3THM HHTHOHTOpAM.

dochomnporennpocdarazsl PP2 nogpaznensiorcs Ha Tpu Hoakiacca:

PP2A — »5TO TpHUMEpHI, COCTOSIIME W3 JIBYX PETYISATOPHBIX CyObenuHuly A u B u

karanutuueckoi — C. Jlng mnposiBI€HHUs aKTUBHOCTH HE TpeOyHOT MPHUCYTCTBHUS
JIByXBaJICHETHBIX HOHOB;

PP2B — rerepoauMepsl, COCTOSAT U3 KaTaIUTHUUECKON CyObeIMHUIBI A U perynsaTopHoil B.
AKTHBHPYIOTCS HOHAMH KaJIbIHS depe3 PeryisTopHyio B-uactuiry, koTopas mmeer Ca’'-
cBs3pIBaroIe neHTpel EF-pyku;

PP2C — monoMepHEIe ochaTassl. AKTHBHPYIOTCS HOHaMu Mg’

BonemmacTBO hocdomnporenndocdaras criermuduunst k Gpochocepuny u pochorpeoHuny,
HO cymiecTByloT (ochoTtuposun-cnenuduunsie  docharazsr u  docdarassl  IBOMHON
CHEU(PUIHOCTH, CIOCOOHBIe AedochopumupoBath GocdocoaepKammue OCTATKH THPO3HMHA,
CepuHa U TPEOHHHA.

OpnHOM W3 XOpOIIO M3YYCHHBIX SBIISICTCS CEpHH/TpeoHMHOBas ¢ocdorporenHpocdaTaza
PP1G. Otor ¢epment mnpexncrtaBiseT coOOM AMMEpP, COCTOSINMH W3 KAaTATUTHYECKOW MU
peryIsaTOpHOU cyObenuHuUIl. PerynstopHyro cyObeauHHIly 0003HaYaroT OykBoH G, TIOCKOJIBKY
OHa MMEET CPOJICTBO K INIMKOTEHY, a KaTaluTudeckyro — OykBoi C (cnaiig 69, npeseHranus).
AxtuBHOCTh PP1G 3aBUCHUT OT COCTOSIHUS PETyJIATOpHOM yacTulbl. G-CyObeqUHNIIA UMEET J1Ba
caifita QochopunupoBaHus, KOTOpbIE JIOKAJIM30BaHbI Ha N-TEPMUHAJIBHOM PEryJIsSTOPHOM
noMeHe monmnentuaa. MHcynmuH-ctuMynupyemas nporenHkuHaza (ISPK) docdopumupyer



catim 1 G-cyObenuHHUIBI, a mpoTenHKHHA3a A dochopumupyer caum 2. ®ochopunupoBaHue
catima 1 moj BAUSTHUEM MHCYJUHA criocoOcTByeT cTtabunmu3anuu qumepa ¢ocdarazsl PP1G u ee
aktuBanmu. DocdopunrpoBanue cauma 2 TON NEHCTBHEM aJlpeHaIMHA, HA00OPOT, MOHMKAET
ctabunpHOCTh nuMmepa PPIG B 10* pa3. DTO MPHUBOIUT K BBICBOOOXKIACHUIO KATATUTUYECKOU
CyObeOUHMIII W WHAKTHBALMK IIyTEeM €€ CBS3bIBaHWS C HMHTHOMTOpHON wactuieidl Inhl.
Perynsaropuas G-cyObeanHuIla ocTaeTcsl CBA3aHHOW ¢ raumkoreHoMm. PeaktuBanus PP1G uepes
nedocdoprnapoBanue caiita 2 ocymectaisiercs pocdarasamu PP2A u Ca* -3aBucumoii PP2B.

B aktuBupoBanHoM coctosinuu PP1G nedocdopunupyer kunaszy riukoreHdpochopunasbl
U TJIMKOT€HCUHTa3y. OJTO MNPUBOAUT K AKTUBALMU CHHTE3a IJIMKOT€HAa W 3aMEJUIEHHIO €ro
pacmana.
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