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BBEOAEHWE

CoBpeMeHHbIe NCCIeNOBAHNS (PU3MOIOrnYecKuX (PYHKIINHA opra-
HM3MOB TE€CHO COMPSMKEHBLI ¢ U3YUEeHUEeM MEeXAHN3MOB BOCIIPUSATUSI
¥ BHYTPUKJIETOUHON Tepemaun CUTHAJIOB. S3HaHUE MEeXaHU3MOB (op-
MUPOBaHUSA OTBETHOI peaKIIny KJEeTOK Ha BO3HeHCTBUE dKCTPaKJIe-
TOYHBIX CUTHAJIOB MPUHIITMINAILHO BAYKHO AJIA PA3BUTUSA IIPEICTaB-
JeHUN O pPeryaAnuu (PYHKINOHAJbHOU WM MeTaboJIMUYecKOoll aKTUB-
HOCTU KJIETOK. JTO, B CBOIO ouepenb, HEOOXOAUMO s Oojee TiIy-
OOKOro IMOHMMAHUS CYIIHOCTH OHTOTeHe3a, 0COOEHHOCTEeH B3amMO-
IefiCTBUSA OPTaHM3MOB C OKpYy:Kalolleil cpemoii, 1 MPUPOALI Pa3HO-
00pas3HbIX OMOJIOTMUECKUX (PYHKIUU JKUBBIX 00HEKTOB.

HMHTeHCcMBHOE HAKOILJIEHNE CBEIEHUM B 00JaCTH KJIETOUHOTO CHUT-
HaJWHra IPUBEJIO K IOSBJICHUIO 3HAUUTEJIBHOIO KOJUUYECTBa Te-
MaTHUYeCKUX O0030PHBIX craTeii m MoHOrpadwuii. OgHaxKo OGOJBIITNH-
CTBO M3 HUX MOYKHO PEKOMEHI0BATh CTYJeHTAM TOJHKO B KauecTBe
JOTOJHUTEJIbHON JUTEepaTyphbl, MOTOMY YTO TaKHe HMCTOUHUKU CO-
JIepyKaT OTPOMHBIN MACCUB CIEIUMPUUECKUX MAHHBIX, KOTOPBIN 3a-
TPYAHAET BOCIPUATHE CTYAeHTAMU MaTepuajia 0 COOCTBEHHO MeXa-
HU3MaX BHYTPHUKJETOUHOI mepemauu curHasmoB. Hacrosiee yueo-
HOe mocobue SABJSEeTCSA IIOIBITKOM aBTOpa CUCTEMaTHU3UPOBATh OC-
HOBHBIE CBEIEHUsS O BHYTPUKJIETOUHOM CUTHAJNM3AIIUU PACTEHUI.
B KHure ommcaHbl CTPYKTypa, CBOICTBA U OCOOEHHOCTH (PYHKIIMO-
HUPOBAHUA KOMIOHEHTOB BHYTPUKJETOUHBIX CUTHAJBHBIX CHCTEM
pacTeHUl, MeXaHU3MbI PEIeIINN W TPAHCAYKIIUU BHEIIIHUX CUTl-
HAJIOB. YUUTHIBAs HOMU(DYHKIIMOHAILHOCTL OOJBIITMHCTBA CUTHAb-
HBIX IIOCPEIHUKOB, UX y4YacTue B (DU3MOJIOTUUYECKHUX IIPOIeccax Ie-
TAJIbHO HE paccCMaTpPUBAIOTCS.

Kuura He ABasgeTCa BCeOOBEMJIIOIIUM MCTOUHHKOM CBeIEeHUM
0 MexaHM3MaXxX PEeLeNIuu U CUTHAJIUHTa y PacTeHuil, 1, BOSMOMKHO,
He macT abCoJIIOTHO BCEX OTBETOB HA BOMNpPOCHI Hambojiee Jir0603HA-
TeJbHBIX yuTaresaeii. Tem He MeHee, 9TO yueOHOe ITOCOOME MOIKET
TOCJTYKUTh 6a30BOM CTAPTOBOY ILJIOMIAAKOM AJA HavYaJa OCBOCHUS
BCe eIlle MaJi0 M3YUeHHOUW o0JacTu OMOJIOTMH — MeXaHH3MOB pe-
MeNuy U CUTHAJWHTA Y PACTeHUI.



1. SHAHEHUE, CTPYKTYPA U NPUHLUNAIDI
OYHKUNOHUPOBAHUA CUTHAJIbHbIX
CUACTEM KNETOK

1.1. 3BHAYEHUE CUTHAJIbHbIX CUCTEM
B BUOJIOTMYECKNX OBBEKTAX

JKuBble opraHu3Mbl IPEACTABISIOT CO00i1 OTKPHITHIE TEPMOMIN-
HaMUUYeCKHUe CHCTeMbl, KOTOPble B 3HAUUTEJIbHOI CTEeleHU 3aBU-
CAT OT BHeIIHero okpyskeuusi. C oqHOII CTOPOHBI, Cpexa ABJIAETCSA
UCTOYHUKOM 9HEPTUU U CTPOUTEJBLHOTO MarTepuasa. Opranusmy He-
00X0IMMO aZieKBaTHO pearupoBaTh HA 3TH UCTOUYHUKHU, UTOOBI OITHU-
MaJbHO WX HMCIOJb30BaTh. C IPYroil CTOPOHBI, cpela He ABJIAETCS
CTabUJIBHON U MOCTOAHHO M3MEHSETCs, II09TOMY MOKEeT OBITh (hak-
TOpoM mectabunusanuu. Takue u3MeHeHUs MOTYT UMEeTh KaK Iepu-
oanUecKuil (Ce30HHbIE, CYTOUHbIE PUTMBbI), TAK U IPOU3BOJIbHBIN Xa-
pakTep. @IYKTyalluu BHEIIHUX YCJIOBUH HAOJIIOAAIOTCS HE TOJbKO
B paMKaxX HOPMBI peaKI[Myd OpraHmsMa. JKCTpPeMajbHbIE€ YCJIOBUS
MOT'YT HAPYIIUTh CTPYKTYPHYIO II€JIOCTHOCTHIO M (QDYHKIIMOHAJE-
HYI0 aKTUBHOCTb OPTaHM3Ma, CTaBs IIOJ YI'PDO3Y ero CyIecTBOBa-
Hue. B so6om ciyyae, 4TOOBI MUHHUMUBUPOBATH HEraTHUBHOE BJIU-
sHUe HebOJaronpUATHBIX YCJIOBUI, OPTaHU3M [IOJIKEeH YMeTh pac-
IMo3HaBaTh M3MEHEHUsA B OKPYIKalollleili cpele U, COOTBETCTBEHHO,
OTBEUATh Ha HUX WM3MeHeHueM (pyHKIIMOHAJIbHOI aKTuBHOCTH. Ta-
Kasd CIOCOOHOCTH IIO3BOJIAET OPraHM3My aJalTUPOBATbCA K H3Me-
HAIOIUMCA YCJIOBUAM, a TaK:Ke d3(Pp(QeKTHBHO pereHepupoBaTh II0-
BPEXKAEHUA, CIPOBOIMPOBAHHBIE SKCTPEMAJIbHBIMU YCIOBUSIMU.

CmocoGHOCTBIO paclo3HABATh M3MEHEHUs B CpPele CYIIeCTBOBA-
HUs o0JiaflaeT He TOJBKO OPraHM3M B I[€JIOM, HO M KaKIas ero
KJeTka. IIpm sToM BHeIIHe#d (PKCTPaAKJETOUHOM) II0 OTHOIIEHUIO
K OTAEJNbHOM KJeTKe ABJsSeTCA He TOJIbKO OKDY:Kalollas cpega Kak
TaKoBasg, HO U BHYTPEHHAs cpela opranmsMma. IIpocTpaHCTBEHHO
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yIajleHHble APYT OT APYyra 4acTHu MHOTOKJIETOUHOTO OPraHMU3Ma SB-
JIAIOTCS B3aMMO3aBUCUMBIMU U OOJIXKHBI (DYHKIIMOHUPOBATH COTJIa-
coBano. CoryiacoBaHHOCTbL PabOThI BCeX UacTeil oprammamMa obece-
yuBaeTcs OJaromapsa (pyHKIIMOHUPOBAHUIO CJIOMKHOM CHCTEMBI IIe-
pemavyu MeXKJEeTOUHBIX CUTHAJIOB (XUMHUYECKUX, JJIEKTPUUECKUX).
Buosornueckre QGyHKIINY KJIETKU, CBA3AHHBIE C OHTOT€HETUYECKUM
pasBUTHEM OpraHu3Ma U pPeaKiiuell Ha N3MEHSIOINecs BHEITHNe
YCJIOBUS, PEaNu3yITCA IMOCPEACTBOM PACIIO3HABAHUS JKCTPAKJIe-
TOYHOT'O CTUMYJIa PEILENITOPOM U JajbHEHIel aKkTuBauy MeXaHus-
MOB Ilepefayy BHYTPUKJIETOUHBIX CHUTHAJIOB, KOTOPBIE IIPUBOISAT
K GOpPMUPOBAHUIO OTBETHOM peaKIluy KJETKU Ha BHEIIHUE BO3-
neficTBUA.

BricTphie n MensieHHBIE peaknuu. BocupusaTre sKCTPaKJIETOU-
HOT'O0 CHUT'HAJIA OCYIIECTBJISIeTCA KJETOYHBIMH pellellTopaMu, a 3a-
TeM [epegaeTcs B COOTBETCTBYIOIIME KJIETOUHBIE KOMIIAPTMEHTHI
K KOHEUHBIM MUIIEHSIM, OT KOTOPBIX 3aBUCUT (PYHKIIMOHAJIbHAS
aKTUBHOCTL KJeTKU. OTBeTHbIE PeaKIIMU KJIETKU IIPUHATO IEeIUTh
Ha ObIcTpble 1 MenseHHBIE (puc. 1). BeicTphle peaknum IpPOABIA-
IOTCA HNPAKTUYECKU CPasy II0CJe BOCHPUSTUS CUTHAJA, IMOCKOJLKY
OHU CBSI3aHBI C M3MEHEHHeM AaKTUBHOCTH CHCTEM U X KOMIIOHEH-
TOB, KOTOPbIe IPUCYTCTBYIOT B KJIETKE HA MOMEHT BOCIPUSTUS CHUT-
Hajsa. IIpuMepoM OBICTPBIX PeAaKIUA MOTYT CJIYKUTh M3MEHEHUs WH-
TEHCUBHOCTH UM HAIPaBJIEHUS TPAHCMeMOPaHHBIX MOHHBIX IIOTOKOB

CurHan CurHan
/) /2)
R) \R)
s /—‘\\\ s /—\\\
o ) o e oy
HINANRT || ; , HNW -
\\ / [ \\ i
NN /// V) - \\’\/\/,// Y
NI d¢pekT NI ekt
BbicTpble peakunmn MepnneHHble peakummn
Puc. 1. BoicTpble 1 MefJieHHbIE PEAKIUN:
R — pemenrTop; P — Oesok, cuHTE3UPOBaHHBINA
E — depwmenrT; de novo;
C,, — TOIJIOWIAIOIINI KaHAaJ; tk — TpaHCKpUNIIU;
C,,+ — BBIBOIAIUI KaHAT; tl — TpaHcaAIIMA
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¥ CBSIBAHHBIX C 3TUM IIPOIECCOB MOIYJISAIIUN aKTUBHOCTU (hepMeH-
TOB. MeajieHHbIe peaKIuu 3aBUCAT OT 0EJIKOB, CUHTE3UPOBAaH-
HBIX de NoVo, TO eCTh OHU COIPSMKEHBl C N3MEHEHUEM JKCIIPECCUU
reHOB, II0ATOMY Pa3BMBAIOTCA B TeueHUe 0oJjiee AJIUTEIbHOrO Bpe-
MEHH II0 CPABHEHUIO ¢ ObICTPhIMU. V3MeHeHMe Habopa SKCIPEeCcCH-
PYOIIUXCA T'€HOB OCYIIECTBJISAETCS KAK 3a CUeT MOAYJISIIUU aK-
TUBHOCTH IIPEICYIIECTBYIOINX TPAHCKPUMIIIMOHHBIX (DAKTOPOB, TAK
Y CUHTE3a HOBBIX TPAHCKPUIIIINOHHBIX PEryJISTOPOB.

1.2. KOMMOHEHTbI CUTHAJIbHbIX CUCTEM

CucremMbl BHYTPUKJIETOUHON TPAHCAYKIIMU CUTHAJIOB COCTOSAT
13 Pa3HOOOPA3HBIX KOMIIOHEHTOB, PA3JIMYAIONIUXCSA IO HA3HAUEHUIO
¥ BBINOJHAEMBIM QyHKIIAM. OCHOBHBIMY KOMIIOHEHTAMU CUTHAJb-
HBIX CHUCTEM SABJISAIOTCA PEIeNnTOphl, d3h(GEeKTOPhl, BTOPUYHBIE MeC-
ceHmKepbl, G-0enKy, MOAUMUIIUPYIOIINE CUTHAJIbHBIE (DEPMEHTHI,
aJarTepHble MOJIEKYJbl M KOHEYHbIE MUIIIEHU.

PernenTopsl BOCTIPUHUMAIOT SKCTPAKJIETOUHBIE CUTHAJIBI U 3aITyC-
KaloT KaCKaJaHBIN CUTHAJNBHBLIN MeXaHM3M BHYTPHU KJeTKu. KiaeTku
00JI1a1al0T PASHBIMMU TUIIAMU CIEINAJU3UPOBAHHBIX PEIeIITOPOB,
PacCIIOSHAIONINX ONpeAeJeHHBIN BUJ CUTHAJA.

G-0enku — ocoOble CUTHAJbHBIE MOJIEKYJbBI, 00Jiagarolue
GTPasuoii akTuBHOCThIO. CIOCOOHOCTh IIepemaBaTh CUTHAJ 3aBU-
CHUT OT TOTO0, Kakoi m3 HykJeoTumoB (GDP uaum GTP) maxomurcs
B T'YAHUHHYKJEOTU-CBA3BIBAIOIIEM II€HTPE.

IdderTopsl (nau 3(hpHeKTOPHBIE MOJIEKYJIbI) — 3TO (hePMEHTHI,
KaTaJnus3upyoIie CUHTe3 BTOPUUYHBLIX MecceHI:KepoB. K addexTo-
paM Takske cjeayeT OTHECTH KaJbI[MeBble KAHAJbI U MEPEHOCUNKH,
OT KOTOPBIX HEIOCPEJCTBEHHO 3aBUCUT KOHIIEHTPAIINA MOHOB KaJb-
MU B IIUTONJIa3Me.

Bropuunsie MecceHIKepbl — 9TO HU3KOMOJEKYJIAPHbIE OPTaHU-
YecKHUe COeIMHEeHUA UJIU MOHBI, CIIOCOOHBIE 00ecIieunBaTh Iepesauy
CUTHAJIA TYTEeM aJIJIOCTEPUUECKON PEryJsaIliy CUTHAJIbHBIX ITOCPE.I-
HUKOB. MoaynAnusa akKTUBHOCTU KOMIIOHEHTOB CUTHAJLHOM Ienu
BTOPUYHBIMU MECCEH/IMKEPaMM OCYIIECTBJISAETCSA MPU MOCTUKEHUU
MU OIpelesieHHON KoHIeHTpanuu. Ha ypoBHe addexTopoB obec-
meuynBaeTCcA yCUJIeHUe CHUTHAaJla, TaK KaK OHU CUHTE3UPYIOT 00JIb-
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II10e KOJIMYECTBO BTOPUUHBLIX ITOCPETHUKOB, KOTOPhIE MOTYT aKTHU-
BUPOBATb MHOKECTBO ITOCJEAYIOIUX CUTHATBHBIX IMOCPEIHUKOB MU
KOHEUHBIX MUIIIEHEeH.

AnanrepHble MOJIEKYJabI — OeJKM, KaK MPaBUJIO, He 00Jaaro-
e crenu@uyuecKoil akTUBHOCThIO, IIOMHMO CIIOCOOHOCTH B OIIpeje-
JIEHHBIX YCJIOBUSX B3aMMOIEICTBOBATH OJHOBPEMEHHO C JBYMS WU
0oJiee CUTHAJBHBIMI IIOCPeIHUKaMU. BaanmMomelicTBIE OCYIIeCTBJIS-
eTcs 3a CUeT KOMILIeMEeHTapHbBIX moBepxHocTei. Hampumep, perer-
TOP MOJKET BO3AelCTBOBATh Ha 3(P(PeKTOp MM MHYI CUTHAILHYIO
MOJIEKYJIY TOJBKO Uepes3 aJalTepPHbBIA OeJIOK.

CurnajsHbIe MOJIEKYJBI-(DePMEHTHI 00eCIeYrBAIOT ITOCTTPAHC-
JIATTUOHHYI0 MOAU(MDUKAIINIO IIOCPEeTHUKOB nepenaun curaaia. (Core-
OyeT OTJanYaTh OT 3(hp(PEeKTOPOB, KOTOPhIE TOXKE ABJIAIOTCA (hepMeH-
TaM’, HO CIEIUAJU3UPYIOTCA HA CUHTE3e BTOPUUHBLIX MECCEHKe-
poB.) BOJBIITMHCTBO MOCTTPAHCIAIMOHHBIX MOIUMDUKAIINN, UCIIOIb-
3yeMbIX B CHUTHaJIMHIe, MMeeT OOpaTHUMLIA XapakTep. BemyIryio
POJIb Cpefu TAaKUX CUTHAJBHBIX IMOCPEJHUKOB BBITOJHAIOT IIPOTE-
WHKHUHA3bI U IporenH@ocdarasbl, odbecueunBaioniie KMHA3HO-(oC-
daTasHBIN IUKJI.

Koneunbie MuilieHn ob6ecrieunBaOT HeoOXoquMoe (hYHKIIMOHATb-
HOE COCTOsSHMEe KJIeTKU IJS KOHKPEeTHBIX yCcJaoBuii. B KauecTBe Ko-
HEUYHBIX MUIIIEHEW BBICTYIIAIOT, HAIpUMep, (DepMEeHThI UMW TPAHC-
KPUOIUOHHBIE (DAKTOPHI.

3alycK TPaHCAYKIIUU CUTHAJA B KJETKE HAUMHAETCA C PeIlell-
TOpa U 3aKAaHYMBAETCA MOLYJIAIMEN aKTUBHOCTY KOHEUHBIX MUIIIE-
Heii. OTHAKO IIPOMEKYTOUHbIE KOMIIOHEHTHI CUTHAJIBHON CHCTEMBbI
MOTYT OBITH IIPEACTABJIEHBI MIMPOKUM CIIEKTPOM PasHOOOPAa3HBIX
(GYHKIIMOHATIBHBIX MOJEKYJa. KOJMuecTBO M TUI KOMIIOHEHTOB Ka-
JKIOM KOHKPETHOII CUIHAJBbHOII CHCTEeMBI B OIIPeJeJeHHOII Mepe
cuenuduunsl. Hampumep, B HEKOTOPBIX CHCTEMAaX MOTYT OTCYTCTBO-
BaTh 3(h(HeKTOPHl U BTOPUUYHBIE MECCEH/KepPhl, a B APYTIUX B Iepe-
Jave CUTHAJIa MOTYT OBITH 3a7eliCTBOBAHBI HECKOJBKO THUIIOB -
(GeKTOPHBIX MOJIEKYJ, & COOTBETCTBEHHO, M BTOPUUHBLIX TTOCPEIHU-
KOB, JIEeMCTBYIOIINX IIOCJEeA0BaTeJbHO WM IapaJjeinbuHo. Hambo-
Jlee KOPOTKas CHUTHaJbHAaA IeIOYKa HaOJIoJaeTcsa B TOM cJydae,
€CJIM PeIeITop ABJSIEeTCS OJHOBPEMEHHO KOHEUHON MuIleHbio. Ha-
IpuMep, CYIIEeCTBYIOT PeIlelTOPhI JUIMO(GUIbHBIX JUTAHI0B, KOTO-
pble OJTHOBPEMEHHO SBJISIOTCA TPAHCKPUIIIMOHHBIMU (paKTOpaMMH.
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1.3. CYWUHOCTb NMEPEAAYUN CUTHATIA

HN36uparenbHoCTh B3aumMomeiicTBua. Mexay OByMdA JIOOBIMU
MaKpPOMOJIEKYJIaMU HJIU MUKPOMOJIEKYJIaMU BO3MOYKHO B3aWMO-
merictBue. OfHAKO NIPWM HAJWUYUKU OTPOMHOTO pasHOOOpasus Be-
IIECTB B KJETKe HAOJ/II0JaeTcs cTporas yIOPAJOYEeHHOCTb B3aWMO-
nericTBUll, HEKaA WX «OCMBICJIEHHOCTh». Hampumep, KaTtajiuTmye-
CKad aKTUBHOCTL (hepMEHTOB HAIpaBJieHA Ha CHEIMUMUUECKUIl cyO-
CTpaT, CTPYKTYPHBIE MOJIEKYJIBI YKJIAIBIBAIOTCA B arjioMeparhl, 00-
pasyd KJETOUHbIE CTPYKTYPhI, TOPMOHBI B3aUMO/I€HICTBYIOT C OIIpe-
IeJIeHHBIMU pelrenTopaMu u T. A. Ilomo6HBIM 060pa3oM crernuGuaHo
B3aUMOJEeNCTBYIOT APYT ¢ APYI'OM CUTHAJIbHBIE MOJIEKYJIBL.

MexMoOJIeRyIAPHbIE B3aUMOIEHCTBUA OCYIIECTBISAIOTCA 34 CUET
caabbix cui. YToObI 9TU CUIBI OBLIN 3(DHEKTUBHBIMYU U ITO3BOJIUIN
u30MpPaTeIbHOCTh B3BAMMOIEHCTBIA, HEOOX0AMMO 00pa30BaHNE MHO-
skecTBa cBA3eii. Ciabble CMJIbI, KAK MB3BECTHO, IPUOOPETAIOT MaK-
cuMaJIbHble 3HAUEeHUs, eCJIM B3auUMOelCTBYIOIINWe I'PDYINbI HAaXO-
IATCA Ha COOTBETCTBYIOIINX PACCTOAHUAX APYT OT apyra. IloBepx-
HOCTHU B3aMMOJEUCTBYIOINX MOJIEKYJI, IIO3BOJIAIONNE 00Pa30BHI-
BaTh ONTHUMAaJIbHOE KOJUYECTBO CJIA0BIX CBsA3el, Ha3bIBAIOTCA KOM-
ImIeMeHTapHbIMH (puc. 2).

IIpu GhopMUpPOBaHUY CTPYKTYPHBIX arjIOMEPaTOB, IIPEACTABIIAO-
X co0O¥ CTaTUYHBIE KOMILJIEKCHI, YACTO SABJIAETCA BAKHBIM HAJINI-
yre MaKCUMAaJILHOTO KOJWYecTBa caabbix cBaseii. OmHako mpu obpa-
30BaHUU JUHAMWUUYHBIX CUCTEM, OJIA (l)yHRILI/IOHI/IpOBaHI/Iﬂ KOTOPBIX
NPUHIUNUAJIBHLIM ABJIAETCA He TOJIBKO accoluanusa, HO U LUCCO-
uanusa MOJEKYJIAPHOTO KOMILIeKCca, HeOOXOIUMO YCTAHOBUTEL OII-

KOMMNeMeHTapHble HeKoMniemMmeHTapHble
NOBEPXHOCTN NOBEPXHOCTN

Puc. 2. KomMmmieMeHTapHBIE M HEKOMILIEMEHTAPHBIE IIOBEPXHOCTYU MOJIEKYJI.
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THUMAaJIbHOE YKCJIO CJIAa0BbIX CBs3eii, KOTOPOe, ¢ OJQHOI CTOPOHEI, IIO-
3BOJIUT CIENN(PUUYHOCTh B3aMMOIENCTBUA, 4 C APYroi, HE 3aTPYyi-
HUT AUCCOITUAIIUIO.

ITpu cmenuduuecKkoM B3aMMOJIEMCTBUN MaKPOMOJIEKYJ HAOJIO-
IaeTcs B3aMMHOE€ BJIMUSHUE WX JJIEKTPOHHBIX ILJIOTHOCTEN APYT
Ha gpyra. B pesyibraTe aTO IPUBOAUT K M3MEHEHUIO KOHMGOPMAaIUu
MOJIEKYJI, UTO HEIOCPEICTBEHHO OTPAKAETCSA HA X AKTUBHOCTH.

MexaHu3Mbl Iepegayd CUTHaJa. B oCHOBe Ilepefauym CUTHAJA
JIEIKUT MOJIEKYJIAPHBIN MeXaHU3M, II0CPEICTBOM KOTOPOI'0 M3MEHSI-
eTcs aKTUBHOCTH CUTHAJBHBLIX IIOCPEIHUKOB. MOIYJIAUS aKTHUB-
HOCTH IIOCPEIHUKOB OCYII[ECTBJISETCA PA3HLIMU CIIOCO0aMU, Cpenu
KOTOPBIX HanboJiee BasKHBIMU SBJISIOTCS:

1) B3amMHOe CBA3BIBAHHE, OIIPEJesAeMOe HaJuuueM KOMILJIEeMEeH-
TapHBIX MOBEPXHOCTEN (HAIIPpUMED, Y3HABaHME TOPMOHA peIlell-
TOPOM);

2) kKoBaJeHTHas Momu(uramusd (BBeIeHUEe WU OTINeIIEHre TPYII;
o0pasoBaHre MUJIU Pa3pbiB CBI3ell B MAKPOMOJIEKYJIAX-KOMIIO-
HEHTaX CUTHAJLHOU IeIun);

3) u3MeHeHHWe MUKPOOKPY:KeHHA (M3MeHeHVe KOHIIEHTPAIlU MOHOB,
B ToM uwucJye npoToHoB (pH), ¥ HU3KOMOJIEKYJIAPHBIX OPraHU-
YEeCKUX PEeryJATOPOB).

JIro6oe 13 3TUX BO3MECTBUII IIPOBOLUPYET U3MEeHeHne KOH(POP-
MaIluy MaKpPOMOJIEKYJIBI-IIOCPEIHNKA, OT KOTOPOU 3aBUCHUT €€ aK-
TUBHOCTH. MOIYIANUA aKTUBHOCTU CUTHAJIBHOI'O IIOCPEIHUKA OIIpe-
IeJIsieT ero CIIOCOOHOCTh BO3eliCTBOBATH HA IOCJIEAYIOIINEe KOMIIO-
HEHTBI CUTHAJBbHOU Iieniu (puc. 3). B 1mesom, akT mepegauym cUTHAIA
B PaMKaxX OJHOIO IIOCPEeIHMKA MOYKHO IPEICTABUTHL B TAKOM BHIE:

BO3eMCcTBUE — M3MeHeHue Koudopmanuum —
— U3MEeHEHNe AKTUBHOCTU

Heo6xomumo 3aMeTUTb, YTO IIPU BOCHPUSATUN CUTHAJA AKTUB-
HOCTBH IIOCPEeIHUKA MOYKET M3MEHATHCS B PA3JMUYHBIX HaIpaBJe-
HUAX U C PA3JINYHOUN CHUJION. OTO 3aBUCUT OT KOHKPETHOII CUTHAJIb-
HOU IIapbl U OCOOEHHOCTEeIl MX B3aMMOAeHCTBUA. AKTHBHOCTL IIO-
CPeqHUKA MOXKET I'PDAJMEeHTHO YMEHbBIIATbCS WJIN YBEeJINYMBATHCSH,
a TaKyKe aKTUBUPOBATHCS M3 PEIPECCHPOBAHHOI'O COCTOSHUS (BKJIO-
YaThCA) UM, HA000POT, MHTMOUPOBATHCA (BBIKJIOUATHC). ([ omu-
caHuA (PYHKIIMOHMPOBAHUSA TUIIOTETUYECKUX CHUTHAJIBHBIX CUCTEM
¥ IIOCPESHUKOB MBI OyZ[eM IOBOPUTHL O MOIYJIAIUY WU M3MEHEHUN
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AKTUBHOCTU MAKPOMOJIEKYJI-IIOCPEIHNKOB, TAK KaK aKTUBAIIUS CHUT-
HaJILHOM CHUCTEMbI MOJKET OBITH CONIPSKeHa KaK C aKTHUBaIllel, Tak
U C pempeccueil OTAEJTbHBIX KOMIIOHEHTOB U MOJYJ€H CUCTEMBI.)
151 HU3KOMOJIEKYJISIPHBIX PEryJATOPOB (BTOPUYHBIX MECCEH-
I’KEPOB), KOTOPBIE OIIOCPEAYIOT Mepenady CUTHAJIa MEKAY IBYMS
MAaKPOMOJIEKYJIAMU, CYIIEeCTBEHHBIM IIPU3HAKOM YYACTUS B CHUI-
HAJIbHOM MEeXaHW3Me SABJISETCA U3MEeHeHNe KOHIeHTPAaIlUN.

CYWHOCTb MEPEAAYN CUTHANA 15

MaxkpoMoJieKyJJIIpHbIe HuskxomoiekyagapHbie
IOCPeTHUKH IOCPeTHUKH

e BO31elicTBUE (IPUHATUE ® MOAYJIANUA aKTUBHOCTU
CUTHAaJIA); 3(pdeKTOPOB AN MOHHBIX

e 3MeHeHre KOH(pOpMaIuu; KaHaJIOB;

e 3MeHeHUe aKTUBHOCTU e U3MeHeHlVe KOHLeHTpaluu
(roTOBHOCTH K Ilepenaue BTOPUUYHBIX MECCEHJKepPOB;
curHaJa) e MOAYJIANUA aKTUBHOCTU

CUTHAJILHBIX IIOCPEeIHUKOB

Puc. 3. Ilepemaua curaamua:

A — xommouenTsl K1 u K2 He B3auMOeHiICTBYIOT APYT C APYTOM;

B — xkoBasenTHasa moxumburanua kommnoHeHTa K1 (dochopunmpoanue)
IIPOBOIIMPYET H3MeHeHHe KOH(MOPMAIMU MOJIEKYJbI, B PE3yJIbTaTe UYero
o0pasyeTcs IIOBEPXHOCTb, HEKOMILJIEMEHTApHAA IOBEPXHOCTH MOJIEKYJIBI
Kommonenrta K2;

B — xommonenTsl K1 u K2 B3aumogeiicteyror: K2 mpuobperaeT KOH(MOP-
MAaIUI0, ITO3BOJIAIOIIYI0O B3aMMOIENCTBOBATL C MOCJIEAYIOINM KOMIIOHEH-
TOM CUTHAJBHON CUCTE€MBbI

TpaHCAYKIINA CHUTHAJIa OT PerernTopa A0 KOHEUHBIX MHUIIEHEH,
B KOTOPOIi MOKeT OBITh 3aJefiICTBOBAHO MHOYKECTBO KOMIIOHEHTOB,
SABJISIETCS, IO CYIIECTBY, MOOYEPETHBLIM M3MEHEHNEM aKTHUBHOCTH
IEePEHOCUYNKOB CHUIHAJA, & B CIyYae BTOPUYHBIX MECCEHIKEPOB —
WX KOHIIEHTPAL[UU.

Hampumep, perentop B pes3yJibTaTe aKTUBAIlUU IIPHOOpeTaeT
CIIOCOOHOCTEL B3aMMOJEMCTBOBATEL C aJAIlITEPHBIM 0eJIKOM, uepes Ko-
TOPBIII OH cTUMYJaupPyeT a3hPeKTop. IhdeKTop KaTaaIu3upyeT CHUH-
Te3 BTOPUYHBLIX MECCEHIKEPOB, MOAYJIUPYIOIMINX AKTUBHOCTDL IIPO-
TeMHOBBIX KUHA3 U T. A. TaKUM 00pasoM, KaKIbIH CUTHAJLHBINA
EePEHOCUYNK BJIMUSET HA OYePeqHON KOMIIOHEHT CHUCTE€MBI TPAHCIYK-
UM CUTHAJA, U3MEHSs ero (GyHKIMOHAJIbHOe cocTosHue. IIprmuem
MOIYJIAIINSA aKTUBHOCTH OJHOI'O KOMIIOHEHTA IIPEeIOIPeneaeT u3-
MEeHEeHMe aKTUBHOCTH apyroro. IlociemoBaresbHOe M3MEHEHHE CO-
CTOSAHUSA IEePEHOCUMKOB CHUTHAJIA IIPEJCTABJIsIeT cO00i KacKan pe-
aKI1ii, MOSTOMY TAKOH CIIOCO0 mepenaul BHYTPUKJIETOUHBIX CHUT-
HAJI0OB YaCTO HA3BIBAIOT KACKAAHBIM MeXaHU3MoM (puc. 4).

IIpu ommcaHuuM CUTHAJIBHBIX CHCTEM [AJsS O003HAUYEHUS OTHO-
CUTEJIBbHOI0 MOJIOXKEHUSA KOMIIOHEHTOB YAacCTO HCIIOJIb3yeTCS Tep-
MUHBI ancTpuM (upstream — BBepX IO TEUEHWIO) U JAYHCTPHUM
(downstream — BHHM3 mo TeueHuio). Bce perysasTopbl, OT KOTOPBIX
CTEKAeTCsd CUTHAJ HA KOHKPETHBIA KOMIIOHEHT, ABJSIOTCS II0 OT-
HOIIIEHUIO K HEMY aICTPUM CHUTHAJILHBIMH KOMIIOHeHTamMu. Torma
KakK peryJsATopbl, Ha KOTOPbIe IepPeIaeTcs CUIHAJ, HAa3bIBAIOT Ia-
VHCTPUM CUTHAJIBHLIMU KOMIIOHEHTaMu. [IPeaIoIoKuM, B CUTHAJIb-
HOU cucTeMe PYHKIIMOHUPYIOT 5 KOMIIOHEHTOB U IIepeJada cuUrHaja

Hert curHana ® S @ > K T
CurHan —> @ — @ — e T —> dddekr

Puc. 4. KackagHplll MeXaHU3M.

CurnajpHasa cucTeMa, COCTOAIasa U3 perenropa R, koneunoit mumenu T u
IPOMEKYTOUHBIX KOMIOHEHTOB A m B, B OTCyTCTBUU CUTHAJIa IIPeOLIBAET
B HEaKTHUBHOM cocTosHuu. CTUMyJIMpOBaHMNE PEIENTOpa COOTBETCTBYIO-
MM CHUT'HAJIOM IIPUBOAUT K IIOCJIELOBATEIbHON MOLYJISAINN AKTUBHOCTH
BCE€X KOMIIOHEHTOB CHCTEMBI, UTO B PE3yJIbTaTe IPUBOAUT K PA3BUTHUIO OT-
BeTHOI peakiuu Ha curHai (adderT)
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ocylrecTBJadeTcs B HampaBaenuu 1 — 2 - 3 > 4 — 5. Torga or-
HOCHUTEJIHLHO KOMIIOHEHTa 3 peryJsaTopbl 1 u 2 ABISIOTCS alCTPUM,
a4 ubd — JayHCTPUM CUTHAJBHBIMHU IIapTHEPaMH.

B ymporieHHOM BapuaHTe KaCKaIHBIA MeXaHH3M MOMKET OBITh
IpeJcTaBJeH B BUIE JUHEHHON MOCJIeN0BATEJbHOI Iepemadun CUT-
Hama. OgHAKO, Ha caMOM jeJie, dallle BCero pacipocTpaHeHUe CUT-
Haja B KJETKe MMeeT BeepPHBIN XapaKTep, TO €CTh CTUMYJIAIUSA Of-
HOTO peIenTopa MOAYJIUPYET aKTUBHOCTb, KaK IIPABUJIO, MHOMKECTBA
KOHEUHBIX MuIllleHeii. Hampumep, moa Bo3geiicTBEM KOHKPETHOTO
TOPMOHA B KJIETKE aKTUBUPYETCA SKCIIPECCUs I1eJI0ro Habopa TreHOB.

Kpome TOor0, MHOTHE M3 MHTPAKJETOUHBIX CUTHAJIBHBIX CHUCTEM
TEeCHO B3aMMOCBA3AHBI PYT C APYroM. B3amMomeicTBya, OHU MOTYT
CcII0cOoOCTBOBATH B3AMMHOMY YCUJIEHMIO, OCJIA0JeHII0, a TaK}Ke IIPOo-
ABJIEHUIO KAUeCTBEHHO MHOTrO 3(d)(eKTa MO0 CpaBHEHUIO C TEM, KO-
TOPBIN MPOABJASAETCA MPU (GYHKIIMOHUPOBAHUM ITUX CUCTEM IIO OT-
menbHOCTH. KackamHble MeXaHU3MBI MOYKHO IPEJCTAaBUTH B BHUIE
CUTHAJIbHOII CeTH, IPOHU3LIBaoINell KJIeTKy. CUTrHaJIbHBIE IIyTH MO-
TyT OBITH HACTOJBKO IEpeIieTeHbl U B3aMMO3aBUCUMBI, UTO ITOPOH
TPYAHO UIEHTUMPUIIUPOBATH NPUUYNHHO-CIEICTBEHHBLIE CBA3U NPU
U3YUYEeHUU MEXaHW3MOB TPAHCAYKIIUU CUTHAJA.

1.4. SOQEKT YCUNEHUA B CUTHAJIbHbIX CUCTEMAX

BakHOI XapaKTepUCTHUKON MexXaHM3Ma BHYTPUKJETOUHOU IIe-
penaum curHajia spiaserca (et ycumaenus. Biaromaps sTomy
CBOMICTBY KJIETKU CIIOCOOHBI (hOPMHUPOBATH CYIIECTBEHHbBIE OTBETHBIE
peakuuy Ha BO3JelcTBHe CJA0BIX BHEIIHUX CUTHAJJOB. OOumii
NPUHIUI ycuiIuBamwmero sagdexra — yBelnyeHue KOJIUUYECTBA CHUT-
HAJbHBIX IMOCPEJHUKOB B Ipollecce PACIpPOCTPaAaHEHUS CHTHAJA.
Vcunenue curtHajia oCyIIecTBISETCS TOJHKO HA KOHKPETHBIX yYacT-
Kax CUTHAJbHOU Ienu. Ecau MocpeJHUKM yJacTBYIOT B Ileperaue
CUTHAJIA B 9KBUMOJSPHBIX KOJUUECTBAX, TO YCUJIEHUS HE IIPOUC-
xonut. Hampumep, mpu mepenade cUrHaa IIyTeM B3aUMHOTO CBS-
3bIBAHUS OJHA MaKPOMOJIEKYyJia MOIYJIUPYeT aKTUBHOCTH TOJBLKO
onHoil MoJerkyabl. OOHAKO eC/ii B CUTHAJIBHOM MeXaHW3Me yda-
cTBYIOT (hepMEeHTHI, HaOomaerca yecunusatomuii agpdexr. Tak, ad-
deKTOpHAS MOJIEKYyJa B pesyJbTaTe aKTUBAI[UU CUHTE3UPYET MHO-
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JKECTBO BTOPUUYHBLIX MECCEH/KEPOB, KOTOPbIE OYAYyT PeryJnpoBaTh
AKTHUBHOCTh 3HAUUTEJIHHOTO KOJMUYECTBA CUTHAJIBHBIX ITOCPEIHUKOB,
B TOM YmCJ€e KOHEUHBIX MHIeHeil (puc. 5).

Ha yuacTke ycuieHus curHajia IIOMHMO YBEJIWUYEHUS KOJHUUE-
CTBa OJHOTUMIHBIX PETryJIATOPHBIX MOJIEKYJI, B CUTHAJBHBIA MeXa-
HHU3M MOTYT BOBJIEKATbCsS IMOCPEeTHUKMN Pa3HBIX TunoB. Hampuwmep,
TaKkye BTOPUYHLIE MeCCeHIsKephbl, KaKk moHbl Ca?’ cmocoOHBI MOLY-
JIUPOBATh AKTHUBHOCTb HECKOJBKUX THUIIOB CUTHAJBHBIX TTOCPEIHU-
KOB — (pepMeHTOB, TPAHCKPUIIIMUOHHBIX (PaKTOPOB, MOHHBIX Ka-
HAJIOB U 1.

ApderT ycuireHnusa obeclieunBaeTcs B pesyJjbTaTe (PDYHKIMOHU-
POBaHUSA CIEAYIOIIUX ITPOIECCOB:

® CHMHTE3 BTOPUUYHBIX MECCEHIJKepOB a(peKTopaMu;

® IIOCTTPAHCIAIUOHHAA MOAUMPDUKAIINA CUTHAJBHBIX MaKpPOMOJIE-
Kya (kuHAa3bI, hocdaTasbl U Ip.);

® TPAHCIAINUA U TPAHCKPUIIIUA;

e U3MEHeHNe CKOPOCTH IOoTOKa MoHOoB Ca’?" uepes memOpany

(Ca’"-KaHaJIbBI U IIEePEHOCUUKHN).

ddodekT

Puc. 5. 9ddeKT ycuneHus B CUTHAJIbHBIX CHCTEMaX.

AdderT yeunenusa Habaogaercsa Ha arame 2—3 u 4—5. KommonenTs! 2 u 4
MOIYJUPYIOT aKTUBHOCTh MHOKecTBa MuilieHeii. KommonenTs! 1 u 3 B3au-
MOJEHNCTBYIOT ¢ KOMIIOHEHTaMu 2 U 4, COOTBETCTBEHHO, B OKBUMOJISIPHBIX
KOJINUEeCTBaX
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1.5. TPAHCKPUMUUOHHbIN KACKALL

PasBuTue OTBETHOU peaKIMU Ha BHEIIHUE BO3AEHCTBUA YaCTO
COIIPOBOJKJAETCA aKTUBAI[UME!l T€HOB, KOAWPYIONINX TPAHCKPUIIIN-
OHHBIE PeryjaaTopbl. BHOBL cuHTe3UpPOBaHHBIE (DAKTOPHI TPAHCKPUII-
IUU YyY4acTBYIOT B PeryJaAlluN SKCIPECCUM BTOPOH I'DYNIIBI I'€eHOB.
Takum 06pa3oM, CUTHAJIBHBIA MEXaHU3M MOYKET BKJIYATH B cedd
He TOJIbKO aKTUBAIIUIO0 TPAHCKPUIIITMOHHBIX (DAKTOPOB, HO M UX CUH-
Te3. MexaHmaM, BKJIIOYAIOIINI HECKOJbBKO IOCJEeZOBATEJIbHBIX
TPAHCKPUNIINI, Ha3hIBAIOT TPAHCKPHUIIIHOHHLIM KacKamoMm (puc. 6).

TpaHCKPUIITMOHHBIN KacKaj IIpeAcTaBJsgeT co00ii IITMPOKO pac-
OpocTpaHeHHOe ABJieHWe. I'pyIia reHOB, aKTUBHOCTh KOTOPBIX U3-
MEHdAETCA IION ﬂeﬁCTBHeM BHEIIITHEro CuUrHajia B II€PBYIO Oouepenb,
Ha3bIBa€TCA PAHHUMMH. FeHBI, AKTHUBHOCTBh KOTOPBIX MOAYJUPYETCA
BHOBb CHUHTE3UPOBAHHBIMU TPAHCKPUINUOHHBIMU PEryIaTOpaMHu,

reH D \
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Puc. 6. TpaHCKPUNIIMOHHBIN KacKam.

Bremuuii curHas, BOCHIPUHUMAEMBIA KJETOUHBIM perenTtopoM R uepes
KoMIIoHeHTBI A u B mepemaercsa Ha TpaHCKPUIIUOHHBINA (axTop C, KOTO-
PRIl aKTUBUPYET SKCIpeccuio reHa D, KOAUPYIOIIET0 TPAHCKPUIIITMOHHBIH
daxTop D. TpaHCKpUNIIMOHHBIN (aKTop D CTUMYyJIMPyeT TPAHCKPUIIUIO
reuoB E, F u G, koropble KoaupytoT 6eaxku E, Fu G
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HAa3BIBAIOTCS IO3MHUMM. BOJBIINHCTBO PAHHUX TeHOB SBJISIOTCS
peryasitopubiMu. OHM KOZUPYIOT TPAHCKPUIIIIMOHHLIE PEryIsiTOPSI,
KOMIIOHEHTHI YOMKBUTHUHUPYIOIIE CUCTEMBI U JPYTUe PeryJsaTop-
Hble Oeaku. IIpOAYKTHI paHHUX I'€HOB BO MHOIOM OIPEIEISIOT 00-
paselr 9KCIPEeCCHU IIO3THUX I'eHOB, OT KOTOPBIX HEIOCPEICTBEHHO
3aBUCUT (PYHKIIMOHAJIbHAS AKTUBHOCTH KJIETKH.

PerynaTtopHbIii MeXaHN3M, 3aAeMCTBYIOIIUNA IIOCIEL0BATEb-
HBIN CHHTE3 HECKOJIbKMUX I'PYII TPAHCKPUIIT-(PAKTOPOB, HA IMEPBHII
B3IJISA, MOJKET IIOKAa3aTbCs MEIJIEHHOIEHCTBYIOIUM U I'DOMOS3/I-
kuM. Tem He MeHee, 5TO HEOOXOAMMO OJIS OCYIIECTBJIEHUS Pery-
JANAY TeHHOM 9KCIPECCUU C MO3UIMH MAKCHUMAJIbHON SKOHOMMU-
HOCTH mpolieccoB. IIpu m3MeHeHUN YCJIOBUM, KAK IIPABUJIO, aKTH-
BUPYIOTCS U PEIPEeCcCUPYIOTCA MHOMKEeCTBeHHbIe reubl. O0ecreunTsb
MOMEHTAJIBHYIO MOIYJIAIINIO CPa3y BCeX HEOOXOAMMBIX M'€HOB JOCTAa-
TOYHO CJIOJKHO, TAK KaK [IJIS 9TOr0 HYKHO 3HAUUTENbHOE KOJMYe-
CTBO TPAHCKPUIIIMOHHBIX (PaKTOPOB M KOMIIOHEHTOB CHUI'HAJIBHBIX
CHCTEM, aKTUBUPYIOIIUX 9TU TPAHCKPUIT-(hakTopsl. IIpuuem cunTEe3
U TeX, W IPYruX MOJIEKYJ HeOOXOZMMO IIOAIePKMUBAThH Ha OIIpeje-
JIEHHOM yPOBHE B HeMHIYKTHBHBIX yCJOBUAX. Ilommep:xaHnue B pa-
0oueM COCTOSIHMY MHOTOUMCJIEHHBIX CUTHAJBHBIX CHCTEM, obecire-
YMBAIOIUX IPAMYI0 aKTUBAIAIO OOJBIIOTO KOJUUYECTBA M'eHOB, He-
BBITOAHO 1A KieTKu. CucreMa peryisiiiy IIyTeM [IOCJIeI0BATe/Ib-
HOI aKTHUBAIlMY CUHTE3a HECKOJbKHX TPAHCKPUIIIIMOHHBIX (haxTo-
POB TpedyeT MUHMMAJbHBIX 3aTPAT HA IIOCTOSHHOE IOAAEePyKaHue
CPaBHUTEJIBHO HEOOJILIIIOT0 KOJINYECTBA CUTHAJIBHBIX cucTeM. Kpome
TOro, CUHTEe3 ()AKTOPOB PEryJAIUN TPAHCKPUIIIUY B PEe3yJIbTaTe aK-
TUBAIMMA KACKAIHBIX MEXaHU3MOB OKA3LIBAET YCHUJIMUBAIOIIUN (-
derT. AKTHUBAIUA 9KCIPECCUM OJHOIO reHa MPUBOAUT K HEOITHO-
KpaTHO! TPaHCKPUIIHNU, MPUUYEeM KaKIblii 00pa3soBaHHLIN TpaHC-
KPHUIIT OCJIe CILIACHHIa MOMKET CHIYKUTh MATPUIEH IJISA CHHTEe3a
MHO’KecTBa MOJIeKyJ 6enka. CyIlllecTBeHHOE IIOBBIIIIeHNe KOJIUUYeCTBa
PeryJsATOPHBIX 0EJIKOB OKa3bIBaeT 3HAUMTEIbHBIN s()(eKT Ha pas-
BUTHE OTBETHON peaKIuy KJeTKHu. TakuMm o0pasoM, KaCKagHasd CH-
cTeMa pPeryJasdiuy, BKIIOYAIONIAS ITOCIET0BATEIbHYI0 aKTHBAINIO
3KCIIPECCHU TEHOB, KOITUPYIOIINX TPAHCKPUIIMOHHBIE (PAKTOPHI,
JaeT HEe3HAUNTEJbHYI0 3aJePKKy BO BPEeMEHH, OJHAKO ABJISETCS
3KOHOMUYHOM U CIIOCOOCTBYET YCHJIEHWIO CHTHAJA.
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GSK3-mogobuble KMHa3bpl 175
« BIN2 175, 176, 200-202
G-oenxku 10, 56, 57, 83, 88-96, 134, 135, 171, 176
e TeTepoTpUMepHBIe 56, 57, 88-92, 134, 167
« MOHOMepHBIe 88, 89, 93-96, 176
— Arf 93, 94
— Rab 93, 94, 95
— Ran 83, 93, 94
— Ras 89, 93, 94, 176
— Rho 093, 94
— ROP (Rho of plants) 93
G-6enxku GPCR-tunma (GTG) 56-57
G-6enox conpsixenubie perentopsl (GPCR) 55, 56, 90

H

H*-ATPaza 151
HPt momer cm. ructmguHoBas pocooTpaHchepasa

M
MAP KuHa3b!
« MAPK 171, 172, 183, 184
« MAPKK 171, 172, 183
« MAPKKK 171, 176

N

NO-cuurasza 124, 125

P
PLA, com. dochonmnasa A,
PLA, <m. docdonmnazaA,
PLB oM. docdonmnasza B
PLC cm. dpocdonunaza C
PLD cm. docdonmnaza D

S
SNF1-nmomo6ubie kuHaswsl (SnRK) 167-169
« SnRK1 167, 168, 182
« SnRK2 66, 167-169, 183, 194, 195
START-gomen perenTopsl 65, 66
S-HuUTpo3UJIMpOBaHUe IucTenHa 126, 129, 130

KOHTPOJIbHbIE BOMPOCDHI

PN oA WD

B

3HaueHue, CTPYKTYpa 1 NpUHUUNbl GYHKLMOHNPOBAHUA
CUFHaNbHbIX CUCTEM KIETOK

3HaueHNe CUTHAJbHBIX CHUCTEM B OMOJIOTUYECKUX O0BbeKTax.
BeicTprle 1 MeaJieHHbIE PEaKI[UH.

KoMIIOHEeHTBI CUTHAJIBHBIX CHUCTEM.

MouseKynsipHbIe OCHOBBI Iepeaull BHYTPUKJIETOUHBIX CUTHAJIOB.
Kackagurie MexaHU3MBI.

AIICTpUM W JayHCTPUM KOMIIOHEHTHI CUTHAJBHBIX CHCTEM.
APPeKT ycuaeHns B CUTHAJIBHBIX CHCTEMaX.

3HauyeHNe IIPOIECCOB TPAHCKPUIIINY U TPAHCIAIUYA B TPAHCAYK-
UK CUTHAaJA.

TpaHCKPUNIMOHHBIN KacKaj.

. Tunel cUrHaJbHBIX MEXaHU3MOB.
11.
12.
13.
14.
15.
16.
17.
18.
19.
20.
21.
22.
23.

Iepemnpeccopuble CUTHAJIBHBIE MEXAHU3MBI.

Cucrema yOMKBUTHH-OIIOCPENOBAHHON Aerpamaiiuu OeIKOB.
YOUKBUTUH U YOUKBUTUH-IIONOOHEIE OEJIKHU.

3HaueHNe YOUKBUTUHUPOBAHUA OEJIKOB.
YOUKBUTUHUPYIOIIUN KOMILIEKC.

Crpykrypa SCF-moso0HON YOMKBUTHHUPYIOIIEH JIUTA3bI.
Perynanus aktusaoctu SCF-iurassi.

CasasbpiBanne cyOcTpaTra ¢ YOMKBUTUHUPYIOIIEH JUTas30i.
OcobeHHOCTU OEJIKOB-MUIIIEHEH YOMKBUTHUHUPYIOIIEH JINTa35bI.
CrpykTypa 26S mpoTeacoMbl.

Koposasa 20S mporeacoma.

Perynaropuas 19S uacruia.

OcobeHHOCTU (PYHKIHMOHUPOBAHUA 26S mpoTeacoMsbl.

Peuenuunsa curHana

Krnerounble pemenTopsl.

PasHooOpasve THIIOB PeIenTOPOB.
CTpyKTYypHO-QYHKIIMOHAJIbHBIE OCOOEHHOCTH PEIleIITOPOB.
Cy0pequHMYHASA U TOMEHHAA CTPYKTYypa PeIenTOpOB.
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5. OcHOBHBIE MEeXaHMU3Mbl AKTHUBAIIUU PEIeIITOPOB.
6. PyurIIMoOHAIbHAA AKTHUBHOCTL PEIEITOPOB.
7. OCcHOBHBIE CBOIICTBA JIUTAHI-CBA3BIBAIOIIINX PEIEIITOPOB.
8. Jlokanmsanus JUTaHJ-CBA3LIBAIOIINX PEIeITOPOB.
9. BHelrHue perenTopsl.
10. PemenTop-mogo0HbIe KUHA3EI.
11. TucTuAMHOBEIE PEIeNTOPHBbIE KMHABHI.
12. BakrepuanbHble TUCTUINHOBLIE PEIENTOPHBbIE KUHABHI.
13. T'ubpugHble TUCTUAUHOBBIE KHMHA3HI.
14. PeryasTopsl orBeta A u B-tuma.
15. TucrtununoBwie (ochoTpanchepass.
16. IIpoxapuoTuuecKkre JBYXKOMIIOHEHTHbBIE CUTHAJIbHEIE CHCTEMBI.
17. JIByXKOMIIOHEHTHbIE MHOTOIIIATOBbIE CUTHAJIbHBIE CUCTEMBI pac-
TeHUIi.
18. IIpuuMHBI YCIOKHEHHUS SYKAPUOTHUUYECKHX ABYXKOMIIOHEHT-
HBIX CHCTEM.
19. CTpyKTypa u MexaHu3M (PYHKIIMOHMPOBAHUSA STUJIEHOBBIX pe-
I[ETITOPOB.
20. G-6esnox coupsaskenHbie perentopsl (GPCR).
21. G-0eJIOK CONpsKeHHBIe PeIleNTOPhl KUBOTHBIX.
22. G-6eaxu GPCR-tuna (GTG).
23. PernenTopsi-KaHaJI0(popMepHI.
24. BHYTPUKJIETOUHLIE PEIleITOPHI.
25. fApepubie perentopsbl KuBOTHBIX I u II Kiaccos.
26. BHYTPUKJIETOUHBIE PEIeNTOPhLI PACTEHUIA.
27. F-box pelenTopsl.
28. 'opMOH-UYBCTBUTEJbHEIE JINIIA3HI.
29. START-gomMeH pelenTopskl.
30. PasuoobOpasue m 0COOEHHOCTU CBETOBBLIX PEIeIITOPOB.
31. Xpomodopsl (POTOPEIEIITOPOB U CHEKTPHI IIOTJIOIEeHN.
32. DOTOTPOIUHEI.
33. DyHKIUKN, KOHTPOJUPYeMbIe (DOTOTPOIIMHAMIU.
34. CtpyKkTypa (PpOTOTPOIIMHOB.
35. MexaHU3M CBETOBOM aAKTHUBAIIUU (POTOTPOIIMHOB.
36. KpumToxpoMsl.
37. OyHKIUU U (POPMBI KPUITOXPOMOB.
38. CTpyKTypa U MeXaHM3M aKTHUBAIUU KPUITOXPOMOB.
39. PUTOXPOMEI.

40.
41.
42.
43.
44.

45.
46.
47.
48.
49.
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21.
22.
23.
24.

Pasnoobpasue u 3HaueHne (PUTOXPOMOB.

dorokoHBepcua (PUTOXPOMOB.

T'pynmel GpUTOXPOM-3aBUCUMBIX OTBETOB.
doronabunapHbie U (HOTOCTAOUIBLHEIE (DPUTOXPOMBI.
CrpyKTypa GuToxpomMoB. [JOMEeHHBIH cocTaB (POTOCEHCOPHOTO
U IUMEPU3AIMOHHOr0 PaiioHOB.

AxTuBamnus (puTOXPOMOB M IIepenada CBETOBOI'O CHUTHAJA.
CBeTo3aBUCUMbIE U3MEHEHUSI CTPYKTYPHI (DUTOXPOMOB.
Ilepenoc GpuTOXPOMOB B SAAPO.

Perynsanusa aktuBHOCTH (UTOXPOMA.

Mopynsanusa akTUBHOCTH MUIIIeHeH (pUToXpoMa.

Mepepayua curHana BHYTPY KNeTKn

G-6enku. PasnooOpasue u (GyHKIUH.

Tereporpumepnbie G-6enku. CTPpyKTypa U IUKJ aKTUBAIIUU.
Mouomepusbie (Manbie) G-0enKu.

PasHoo6pasue MoHOMEPHBIX G-0€JIKOB.

CurnaibHble MOHOMEpPHBIE G-0eIKuU.

IMuka akTUBaAIUu MOHOMEPHBIX (G-6eJIKOB.

AddexTopHBIE MOJEKYJIbl 1 BTOPUUYHBIE MECCEHIKephl.
Dochosmumasbl, X TUOBI U CANTHI pacIlellJieHusa cyocTpara.
Dochonunaszsr D, ocobeHHOCTH KaTaausa.

Mexanusm axtuBanuu ¢ochosnunassl D u mepemaua cursasa.
Dochonunassr C. Knaccudpuranuda n xapaKTepuUCTUKa TPYIIIL.
TTomudochonmnosutuzn-saBucumbie docdosmnassr C.
DochaTUIMINHOSUTOJ U €T0 ITPOU3BOIHEIE.
PI-PLC-omocpeoBaHHBIN CUTHAJIUHT.

WMHosuTondochaTsl, AMATTMITIUIEPOT U UX POJIb B CUTHAJIMHTE,
Dochosnmnassl A,, uX TUOB U QYHKIIUN.

OKTameKaHOUIHBINA TYTh.

3HaueHNEe OKCUJIMIINHOB B Iiepefauve CUTHAJIOB. yKacMoHATHI.
Dyuruu dochoaunassr A,.

Dochonunassr A; u B, smusodochosmnnassr A.
BsaumopetictBue ¢ocdosmmas.

Oxcupg aszora (II) u NO-curHajauHr.

XuMnuecKkne 1 aHTHOKCHUAAHTHEIe cBoiicTBa NO.

IIytu obpasoBaunusa NO.
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25.

26.
27.
28.
29.
30.
31.
32.
33.
34.
35.
36.

37.

38.
39.
40.
41.

42.
43.
44.
45.
46.
47.
48.
49.
50.
51.
52.
53.
54.
55.
56.

57.

Hurpar/uurpur-saBucumbie (h)epMEHTATUBHBIE IIYTU CHUHTE3a
NO.

Aprunnn-zasucumbie nytu cuHtesa NO.

Hurpur-zaBucumbie HedepMeHTaTUBHBIE ITyTH oOpasoBanus NO.
NO-curusajauHr.

HurposunmupoBanue mMeTasioB.

S-HUTPO3UIMPOBAHUE I[MCTEUHA.

Hurpuposanue TuposuHa.

Casp NO u Ca?"-curmaios.

HyrneoTuaiiukiasHble CUTHAJIbHBIE CHCTEMBI.
AneHnnaTIUKIA3HAA PEryJATOPHAS CHUCTeMa.

@depMeHTHI aJeHUJIATIINKIA3HON CHUCTEMBI.

Posbs cAMP B perynanusa akTUBHOCTH IIPOTEMHKUHA3ZBI A JKU-
BOTHBIX.

3uauenue cAMP B peryiaanuu akTHBHOCTH KaTaOOJUTHBIX Te-
HOB y OaKTepuii.

cAMP-perynupyembie OeJIKH pacTeHUIA.

I'yamunarmukaaser u cGMP

WoHbl Kanblus B CUCTEME Ilepefadyr CHUTHAJA.
DyHKIIMOHAIBHBIE MOIYJIN KaJbI[U-3aBUCUMOr0 CUTHAJIBLHOT'O
MexXaHu3Ma.

Crpykrypa Ca?'-cBasbIBamOIuX GEJIKOB.

Ocobennoctu cTpyKTyphbl Ca’'-cBA3BIBAIOIEro IEHTPA.
KansOuuauH 1 KaJabMOIYJIMH.

TpaHCIIOPTHBIE CUCTEMBI, KOAUPYIOIIE KaJbIIMEeBbIA CUTHAJ.
OKCTPAKJIETOUHLIN TPAHCIIOPT KAJbIIMI.

Ca?"-ATPassr ER-Tuma 1 aBTOMHru0upyeMsIe.

Mexauusm mepenoca noHoB Kanbiusa Ca’?-ATPazamu.
Ca?'/H'-aHTHUIIOPTEPHI.

NupgynupoBaHHOE IIOCTYIJIEHNE KaJbIIUA B IIUTOILIAZMY.
IToreumuan-ymnpasisemMble KaHAJGL.

Jluraua-ynpaBideMble KaHAJbI.

HexomupoBanme Ca’"-curmasa.

AxTuUBanua KaJbMOIYJINH-3aBUCUMbBIX OEJIIKOB.

Mogynanusa akTUBHOCTA TPAHCKPUMIIIUY KAJbMOIYJINHAMU.
Moaynsanusa aKTUBHOCTH 0€JIKOB KAaJbIUIi-3aBUCUMBIMU K-
Ha3aMu.

KoBanenrnas momupuKamus CUMHAJIBHBIX IIOCPEIHUKOB.
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58.
59.
60.
61.
62.

63.
64.
65.
66.
67.
68.
69.
70.
71.
72.
73.
74.
75.
76.
7.
78.

Kunasuo-docdarasuablii UK.

PacTtuTenbHble TPOTEMHOBLIE KWHA3bI.
Kanpruii-saBucuMble TPOTENHOBLIE KUHA3bI.
Kanpnuii-KaabMoayINH-3aBUCUMbIe KUHA3EI.
Kanbprnuii-saBucumMble KMHA3H! (KAJIbMOIYJIUH-TONO0OHBIA JOMEH
MPOTENH-KUHA3EI).

CBL-B3auMoieiicTBYOII[MEe IIPOTENHOBbIE KUHABHI.
Kansnuneiipua B momob6HbIe GelKu.

SnRK — SNF1-nmomobHbIe KMHA3MI.
Penentop-nomobubie KuHasel. I'pynnsl RLK.
MAP xkunassr (MAPKKK, MAPKK, MAPK).
HMuxknaun-zaBucumblie KuHasbl (CDK).
Kaseunosrie kuHaspr CK1 u CK2.
Cemeiicteo GSK3/Shaggy.
CTR1/Raf-momob6HOE cemeiicTBO.
IIporeunnoBrie Qocharassl.

Kinaccudpuranus gocdaras.
CepuH/TpeoHUHOBBIE (ochaTasbl.
Tuposunossie (dochaTassl.

Pacrurenbpubie ¢ocdarassbl.

Pasnoobpasue pacturesbHBIX (ocdaras.
3HaueHNe PaCcTUTEJbHBIX (ocdaras.

MexaHunsmbli nepegayn CUrHana pactntTesibHbIX ropMOHOB

PerynAanusa TpaHCKPUINUNA ayKCHUH-PEryJNPYeMbIX I'€HOB.
PeryasiTopbl TPAHCKPUNIIUY ayKCUH-PEryJINPYEMbBIX '€HOB U UX
IOMEeHHas CTPYKTypa.

Vuactue Aux/IAA u ARF B peryaaium sKCIpeccuu ayKCuH-pe-
ryJIAPYEMBIX T'€HOB.

TTepegaua MUTOKMHWHOBOTO CUTHAJA.

TpaHCAYKIIUA T60EPESINHOBOTO CUTHAJA.

ITepemaua curmana ABK uepes START-moMeH perenTopsl.
Bocupuarue u TpaHCAYKIIUA STHUJIEHA.

Peneninua u TpaHCAYKIMA OPaCCUHOCTEPOUITHOTO CHUTHAJIA.



