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3PUTEJIbHAA CUCTEMA.
MEXAHWU3MbI NEPEQAYU U YCUNEHUA 3PUTEJIBHOIO
CUTHANA B CETYATKE TNA3A

B. M. JIUIIKNH

Ilywunckuii eocyoapcmeennslii ynueepcumem, Ilywurno Mockosckoil o6a.

VISUAL SYSTEM.

MECHANISMS OF TRANSMISSION

AND AMPLIFICATION OF VISUAL SIGNAL
IN EYE RETINA

V. M. LIPKIN

The essential structural elements of human
visual system are described, along with the
molecular basics of the perception, transmis-
sion and amplification of visual signal in eye
retina, and the mechanisms of the visual path's
turning-off and the photoreceptor's return to
the darkness-adapted state.

B cmamebe onucaHbl 0CHOBHbIE CMpPYKMYpHble
3/1eMeHmbl 3pumesibHOU CUCmeMbl Yes08eKd,
MOJIeKY/ISIpHbIe OCHOBbLI NPOUECCO8 BOCNPUS-
mus, nepedayu U ycuneHus 3pumesbHo20 cue-
HaAa 8 cemyamke 2/1a3d, @ MAK¥Xe MexaHu3mbl
BbIK/IIOYEHUA 3pUMeNbHO20 KACKada U B03-
spaujeHus ¢omopeyenmopa 8 meMHoBOe CO-
cmosHue.
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3peHne — OAMH U3 HanboJiee BOCXUTUTEIbHBIX 1apOB,
KOTOPBIM MPUPOJIa Harpanuia yeaoBeka. C IOMOIIBIO 3pe-
HMSI MbI IIOJIy4aeM OIPOMHOE KOJMYECTBO MHMPOPMALIK O
COCTOSIHUM OKPYXXAIOIIel Cpelbl, MOXEM HacClaXIaThCs
KpacoTaMU MPUPOIBI M BEIMKUMU ITPOM3BEICHUSIMHU JCsI-
TeJieil KyJbTypbl U UCKYCCTBA. 3peHre HEOOXOAUMO YeIo-
BEKY KaK B IIPOLIECCE ero MpodecCHOHATBLHOM AesITETbHOC-
TH, TaK U Ha OT/bIXE, C YTPa M IO CAMOTO MO3IHETO BeYepa.
Jlaxke BO CHE B MO3Ty 4YeJIoBeKa BO BpeMsl CHOBUJIEHUI pea-
JIN3YIOTCSI paHee YBUIECHHBIE 3pUTEIbHbIE O0pPa3bl.

OCHOBHBLIE DJIEMEHTDbI
3PUTEJIBHOV CUCTEMBI

Korma MBI cMOTpMM Ha OKpYyKalolIuii MUp, eT0 06pas3 mep-
BOHAYaJIbHO (hOKYCHPYETCSl Ha ceTyaTkKe KakKaoro M3 ABYX
ria3. CeTyaTka — 3TO YaCTh MO3Ta, OTIEIMBIIASICS OT HETO
Ha paHHMX CTaIMsIX SBOJIIOLIMU TTIO3BOHOYHBIX, HO BCE eIl
CBsSI3aHHAs1 C HUM TIOCPEACTBOM ITyYKa HEPBHBIX KJIETOK —
3putebHOro Hepsa (puc. 1). Cetuatka cogepxXurt 125 MIIH
CBETOUYYBCTBUTENbHBIX KJIETOK, HA3bIBAEMBIX TTAJIOUKAMU U
KOJIODOYKAMU, KOTOpbIE CMelMaIu3UPOBaHbl TAKUM 00pa-
30M, UTOOBI B OTBET Ha CBETOBBIC NMITYJIbChl TEHEPUPOBATh
9JIEKTPUYECKUE CUTHabl. M3 ceTyaTKu B3JeKTpUYeCKUit
CHUTHAJI 10 3pUTEJILHOMY HEpBY TNepelaeTcs B Crieualu3u-
POBaHHOE KJIETOYHOE CKOIUIEHHE, PACTIOIOXKEHHOE B Ty~
OMHe MOo3ra, — TaK Ha3bIBaeMOE HapyXHoe (JlaTepajibHOEe)
KoJieH4YaToe TeJio. Jlajiee OH IOCTyNaeT B 3pUTEIbHYIO 00-
JIaCTh KOPBI, PaCITOJIOKEHHYIO B 3aThIJIOYHON YaCTH MO3Ta.
Bnavane nHgopManus nomnagaeT B IepBUYHYIO 3pUTEIb-
HYIO 30HY, OTKYy/a, MPOisl Yepe3 HECKOJIbKO CJI0eB CUHATII-
TUYECKM CBSI3aHHBIX KJIETOK, OHA IepefaeTcsl COCENHUM
30HaM 0oJiee BBICOKOTO MOPSIIKa, IJe B KOHEYHOM cUeTe U
(bopMupyeTcst 06pas nmpeaMeTa, Ha KOTOPbIA Mbl CMOTPUM.

Ceruarka. BaxHeliiiei CTpyKTypoil 3puTeIbHOR cuc-
TeMbl KUBOTHBIX sIBJIsIeTcs ceTyaTka. CeTyaTKa mpeobpa-
3yeT CBET B HEPBHbIE CUTHAJIBI, TO3BOJISISI HAM BUIETH B yC-
JIOBUSIX OT 3BE3HOM HOYM 10 COJTHEYHOTO IHS, Pa3inyacT
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Puc. 1. CTpyKTypHbIE 3/IEMEHTbI 3PUTENBHON CUCTEMBI
yenoseka. B yBenvyeHHOM dparmMeHTe ceTHaTku noka-
3aHO OTHOCUTENIbHOE PAaCMoJSIOXKEHNE TPEX ee CloeB
(Montgomery G. Breaking the Code of Color // Seeing,
Hearing, and Smelling the World: A Report from the
Howard Hughes Medical Institute. 1995. P. 15)

IJTMHBI BOJIH, YTO JAaeT HaM BO3MOXHOCTb BUAETh 1IBETA, U
obecreynBaeT TOYHOCTb, JOCTATOUYHYIO, YTOObI 3aMETUTh
YeJIOBeUECKHUii BOJIOC WM COPUHKY C PACCTOSIHUSI B He-
CKOJIBKO METPOB. Y uejloBeKa ceTyaTrka umeeT popmy ILUia-
CTUHKHU TOJIIIUHOW MPUOIM3NUTEIIBHO B YeTBEPTh MUJLIN-
METpa M COCTOMT M3 TpeX CJO0eB TeJl HEPBHBIX KIIETOK,
pasaesieHHbIX ABYMsI CJIOSIMU cuHarcoB. Cloi KJIETOK Ha
3aJIHEH MOBEPXHOCTU CETYATKU COJAEPXKUT CBETOUYBCTBU-
TeJIbHbIE PELENTOPhl: IMaJoykKu M Koubouku. Ilamoukw,
3HAUYUTEILHO 00Jiee MHOTOYMCJIEHHBIE, YeM KOJI00uku (Y
YyeJioBeKa Ha OJTHY CeTYaTKy MPUXOANTCS MPUOIU3UTETHHO
120 MJIH majioyeK U OKOJIO 7 MJTH KOJI0OYEK), OTBETCTBEH-
HBbI 32 Hallle 3peH1e MpU cJ1aboM CBETe U OTKJIIOYAIOTCS TPU
sspkoM ocBellleHnr. Koslbouku (pyHKIIMOHUPYIOT TOJBKO
TIpY SIPKOM CBETE, OHU OTBETCTBEHHbI 32 CIOCOOHOCTDb BHU-
JIeTh TOHKHE JeTau U 1IBETOBOE 3peHue. B OCHOBHOM KOJI-
0OYKM KOHLIEHTPUPYIOTCSI B LIEHTPATbHOM 30HE CETYATKU
JMaMETPOM TIPUMEPHO TTOJIMUITUMETPA, Ha3bIBaeMOM IIeH-
TpanbHOI IMKOM. O0a Tuma hoTopelenTOpoB — 3TO IJTUH-
Hble, y3KUe KiIeTKU. CBoe Ha3BaHUE OHU MOJYYUIU U3-3a
(hbopMBbI X HAPYKHBIX CETMEHTOB, KOTOPbIE Y MAJIOUEK TOH-
Kue, HWINHAPUYECKHE, a Y KOJOOUYeK 3HAaYUTeJIbHO Oosiee
VTOJIIEHHBIE.

JIBUTAsCh OT 3aTHETO CJIOST CETYATKHU K TTePeTHEMY, MbI
TornagaeM B CpeTHUI CIIOM, PacTIONOXEHHBIN MEXIY IMajloq-
KaMU ¥ KOJIOOYKAMU, C OIHON CTOPOHBI, U TAHIJIMO3HBIMU

KJIETKaMU — C IPYToi. DTOT CJI0OM CONEepKUT HEUPOHBI TpeX
TUMOB: OUIOJIAPHBIE, TOPU30HTAJIbHBIE U aMaKpPWHOBbIE
KJIETKU. bUnossipHbie KJIETKU UMEIOT BXOMbI OT PELENTO-
pOB, Kak moka3zaHo Ha puc. 1. [opu3oHTaNbHBIE KICTKU
COEIVHSIOT PELENTOPbl M OUIIOJSIpHbIE KJIETKU CpaBHU-
TEJIbHO JJIMHHBIMU CBSI3SMU, UIYIIUMU MapajlIeJIbHO CET-
YaTOYHBIM cJ1osiM. CXOTHBIM 00pa30M aMaKpUHOBbBIE KJIET-
KA CBSI3bIBAIOT OUTOJISIPHBIE KJIETKU C TaHTJIMO3HBIMMU.
Croii HelipOHOB Ha IIepeIHEH CTOPOHE CETIATKHU COIep-
SKUT FAHTJIMO3HbIE KJIETKU, aKCOHBI KOTOPBIX MTPOXOIST IO
TMOBEPXHOCTU CETYATKU, COOUPASICh B MyYOK, U TTOKUAAIOT
IJ1a3, 00pa3ys 3puTeabHbIN HepB (cM. puc. 1). CylliecTByOT
IIBa MyTU MH(MOPMAIITMOHHOTO MOTOKA Yepe3 CeTYATKY: Mpsi-
MOW MyTb, UAYIIMIA OT POTOPELENnTOPOB K OUMOJISIPHBIM
KJIETKaM W Jajiee K TFaHTJMO3HbIM KJIETKaM, U HEMpsSMOK
MyTh, TIPX KOTOPOM MEXAY pelenTopaMu U OUIMOJspaMu
BKJTIOUYEHBI €111€ TOPU3OHTAIbHbIEC KJIETKU, a MEXITY OMTIONSI-
paMy ¥ TaHIJIMO3HBIMU KJIETKaMU — aMaKpPUHOBBIE KJIETKU.
[Ipsimoit myTh BecbMa crietiipyeH U KOMITaKTeH, B OCHOB-
HOM peayiu3yeTcsl TIpU Trepefade CUrHajaa OT LEeHTPaIbHON
SIMKM ¥ 00ecrieunBaeT octpoe 3peHue. Hempsimoii myThb 60-
nee nudy3eH Win pa3MbIT 61arogaps ITUPOKUM OOKOBBIM
CBSI3SIM U pealIn3yeTcs TJIaBHBIM 00pa3oM Ha repudepuye-
CKHX 00JIaCTSX CeTYaTKH.

BaxHeimmm mponeccoM B GYHKIIMOHUPOBAHUU CET-
YaTKU SIBJIIETCS TIpeoOpa3oBaHUe TOTJIONICHHOTO CBETa B
9JICKTPUYECKUI CUTHAJ, KOTOPOE OCYIIEeCTBIsIETCST B (po-
TOPELIENITOPHBIX KJIeTKax. [Ipexae yeM mepeiTi K omuca-
HUIO MeXaHM3Ma 3TOTO TPOollecca, pacCCMOTPUM B OOIIMX
yepTax CTpOeHME Maovyek U KOJIOOoUeK.

®otopenentopbl. [Tagouyku — 3TO BBICOKOCTIELIMAIIU-
3MpPOBaHHbIC HEPBHBIE KJIETKU, UMEIOLINE CIIeLIMaIu3upo-
BaHHbIC OTPOCTKU (HApYXHbIE CErMEHTBI), OKOHYAHUS
KOTOPBIX OOpallieHbl B CTOPOHY HAapy>XHOU MOBEPXHOCTHU
ceruatku. Hapyxusrie cermenTsl najnouku (HCIT) mo3Bo-
HOYHBIX COMEPKaT CTOMKY M3 COTEH WJIU JaXke THICSY TaK
Ha3bIBaeMbIX (DOTOPEHENTOPHBIX TUCKOB (puc. 2). Jucku
obpazytorcs y ocHoBaHusl HCII kak BrsiumBaHMe I1a3Ma-
TUYECKOW MEMOpPaHbl, MpUYeM BHYTPEHHee MPOCTPAHCTBO
BHOBb 00Pa30BaHHBIX AUCKOB €lIe COOOIAETCsI C BHEKIIE-
TOYHBIM ITPOCTPaHCTBOM. [1o31Hee AUCKU KaK Obl OTIIOYKO-
BBIBAIOTCS OT IJIa3MaTUYECKOM MeMOpaHbI, TpeBpaliasich B
3aMKHYTBIE CTPYKTYPbI, U CTAHOBATCSI HE3aBUCUMBIMU KaK
OT Hee, TaK U ApYT OT pyra. TeM caMmbIM HapyskKHasl TTOBEpX-
HOCTb IJIa3MaTUYECKO MEMOpaHbl OKa3bIBAETCSI BHYTPEH-
Hell TOBEPXHOCTHIO TMCKOB, a UX ITPOCBET BEIET CBOE MPO-
HUCXOXIEHNE OT BHEKJIETOYHOTO IMPOCTPAHCTBA.

Hapy:xHble cerMeHTbl KOJ0OYeK MMEIOT MPUHLIUITU-
anbHoe otnuue ot HCII, 3akiioyaroiieecss B TOM, 4TO
KOJIOOYKOBBIE TUCKU MPEACTABISIOT COOOM CKIaIKU T1a3-
MaTUYecKoil MeMOpaHbl M WX BHYTPUKJIETOUYHOE IPOCT-
PAHCTBO COOOIIAETCSI C BHEKJIETOYHOM Cpenoi.

JUNKWH B.M. 3PUTEJIbHAA CUCTEMA
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Puc. 2. Cxema aKkTmBaLmmn 3pnTENLHOrO Kackaaa: / — B TEeMHOBOM COCTOSIHMM POAOMNCUH HeaKTu-
BeH (R). a-Cybveaunuua TpaHcayumHa (T) HaxoauTes B komnnekce ¢ GDP (T,-GDP) n cea3aHa ¢
Anmepom B- n y-cyobenunHunu (T, ). cGMP- docdoanecTepasa (PDE) — rerepoteTpamep, COCTO-
ALLMIA U3 ABYX TOMOJIOTUYHBIX KATANNTUHECKUX O- 1 B-cyGbeanHu, (PDE ;) 1 ABYX MOAEHTUYHDBIX Y-
cyb6beamtnL, (PDE,), ABNAIOLLMXCA BHYTPUMONEKYIAPHLIMU UHIMOUTOPaMu hepMeHTa, HeakTvB-
Ha. yaHunaTumknasa nogaepxueaeT BblcOKMiA ypoBeHb CGMP B umutonnasme. cGMP-3aBucu-
Mbl€ KaTVOHHbIE KaHaslbl B Mia3MaTnyeckoit MemOpaHe HaxoASTCS B OTKPLITOM COCTOSIHUM, 1 Ka-
ToHbl Na* n Ca?* MoryT anbdyHaMPoBaTh U3 BHEKIETOYHOr0 NPOCTPAHCTEA B LMTO30/1b. BHYT-
pUKIETOYHan KoHueHTpauus Ca®" noaAepXMBaeTcs Ha MOCTOSHHOM YPOBHE HaxOAALMMCH B
nnasmaruyeckon membpare Na*/Ca®',K*-kaToHOO6MEHHUKOM; Il — B pesynbTaTe nornoLeHus
KBaHTa CBETA POAONCUH NEPEXOANT B aKTUBHOE cocTosiHne (R — R*). AkTuBHbIN R* cBS3bI-
BaeTCH C TPAHCAYLMHOM U nHayumpyeTt o6meH ceadanHoro ¢ T,GDP Ha GTP; /Il — komnnekc
R*-(T,-GTP)-T,, avccoumnpyet Ha R*, T, 1 @KTMBHbIN KOMIMIEKC T;-GTP, nocne 4ero R* crnoco-
6GeH akTUBMPOBATb APYrylo MoNekyny TpaHcayumHa; IV — T3 -GTP aktuempyeT PDE. AKTMBMpPOBAH-
Hast pocdhoamactepasa (PDEy;) rmoponmsyeT MHOXeCTBO Monekyn CGMP. CHkeHne BHYTPU-
KNeTo4HOoN KoHueHTpaumn cGMP nprBoauT K 3akpbiTvio cGMP-3aBUCKMBIX KaHANOB, YTO BeYeT
3a co6oii runepnonapmsaumio niasmarmyeckort Mmemopanbl. Cnesa nNpuBeneHO cxemaTuyeckoe
n3o6paxeHne Nanoykm ceT4aTkn

Kax majouku, Tak 1 KOJIOOUKHU COAEPKAT CBETOUYBCT-
BUTEJIbHbIE MUTMEHTBl — PELENTOPbl CBETOBOTO M3JIyye-
Hus. Bo Bcex majoukax yejaoBeKa MUTMEHT OAWH U TOT Xe;
KOJIOOUKM JEJISITCSI HAa TPU TUTIA, KaXKIbI U3 HUX CO CBOUM
0COOBIM 3pUTEILHBIM MTUTMEHTOM. DTU YeThIpe MUTMEeHTa
YYBCTBUTEJIbHBI K Pa3JIMUHBIM JUTMHAM CBETOBBIX BOJIH, U B
ciiyyae KoJI004eK 3TH pa3inuusi COCTaBISIOT OCHOBY 1IBET-
Horo 3peHMs. B masoukax Gojbliias 4acTb 3pUTEIBHOTO
MUrMeHTa (Ha3bIBAa€MOIO POJOINICMHOM) JIOKaJU30BaHa B
MeMOpaHe (poTopelenTOpHLIX T1UCcKOB. I1oa Bo3aeiicTBuemM
CBeTa MOJIEKYyJia POMOICHHA TOIJOUIAeT €IUHCTBEHHBIN
BKaHT BUAMMOTrO cBeTa ((pOTOH), YTO MPUBOIUT K XUMUYE-
CKOM IEepeCTPOMKE 3pUTEIBLHOIO pelenTopa.

B mnasmaruueckoit mem6paHe HCII mo3BoHOYHBIX,
OTIIEJICHHOI OT MeEMOpPaHBI IMCKOB, PACIIOJIOXEHBI CIIeI -

aJibHbIe 3aBUCUMBbIE OT LIMKJIMYECKOTO I'YaHO3MHMOHOMOC-
¢dara (cGMP) katmoHHBIE KaHalbl, CrielU(UIHbBIE IS
Na* u Ca?’. B TeMHOTE yacTh 3TUX KaHAJIOB HAXOIUTCS B
OTKPBITOM cOCTOsHMM M KatuoHbl Na™ u Ca?* Moryt cBo-
601HO TG GYyHANPOBATH U3 BHEKIETOUHOIO IPOCTPAHCTBA
B IIUTO30J1b. [TOTOK MOHOB B TEMHOTE WJIM TEMHOBOM TOK,
OoTKpbITHI B 1970 rony Bunbsimom XelrnHcoM, BBI3bIBAET
nenosapu3anunio (YMeHbIIEHUE HAPYXKHOTO TMOJIOXUTEb-
HOro 3apsiga) riazmatudeckoil memopansl HCII. B tem-
Hote nmoreHuan MmeMopanbl HCII cocrasisier mpubiam3u-
tesapHO 50 MB BMecTo 00b14HBIX 70 MB 111 HOpMasibHO#
HepBHOI KJIeTKU. TakuM 06pa3oM, B TEeMHOTe (poTopeliern-
TOpPBI TTO3BOHOYHBIX OoJiee NEMONISIPU30BaHbI, YeM OObIY-
HbIe HEPBHBIE KJIIETKU B COCTOSTHUU TTOKOSI, a AETIONSIpr3a-
1IMST BBI3bIBAET HETIPEPhIBHOE BHICBOOOXKICHNE MearaTopa
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13 OKOHYaHW I MX aKCOHOB — B TOYHOCTHU TaK, KaK 3TO MPO-
HUCXOAUT B OOBIYHBIX pELENnTopax Mpu CTUMYISIUUU. Y
OOJIBIIIMHCTBA CEHCOPHBIX PELIENTOPOB — XUMUYECKHUX,
TeMITepaTypHBIX I MEXaHUYECKUX — B OTBET HA COOTBET-
CTBYIOIIMI CTUMYJI MPOMCXOIUT ACTIONSIpU3alIvsl KJIETOU-
HOI MeMOpaHBI, TO €CTh OHU BEOyT cebsl Tak Xe, KaK W
OOBIYHBIC HEHPOHBI.

B pesynbraTe morioiieHus: KBaHTa CBETa MOJEKYJIOi
POIOTICMHA U MOCEAYIOUIMX 32 3TUM OMOXUMUYECKUX pe-
aKLUil IPOUCXOIUT 3aKpbiThe KaTHOHHEIX (Nat/Ca**) ka-
HaJIOB, YTO MPUBOIUT K YMEHBIIIEHUIO TEMHOBOTO TOKa U
TUTIepIoJsipu3alnu (YBEJIMBbIEHWIO HApY>KHOTO TTOJIOXKM-
TeJIbHOTO 3apsiia) IUIa3MaTUYecKoil MeMOpaHbl KJIETKH.
Caer, moBbIlIas MOTEHIIMA Ha MeMOpaHe peLenTOPHOI
KJIETKU (TUTIEPTIONSIPU3YS ee), YMEHBIIAeT BhIIeIeHUE Me-
nuatopa. TakuM o6pa3oM, CTUMYJISIIUSA, KaK HU CTpaHHO
Ha TIEPBBI B3IJISI, BHIKJIIOYAET PELIETITOPHI.

[Tpouiecchl BocnpusiTUs, Tiepenayu U YCUJICHUS 3pU-
TEJIbHOTO CUTHaJa, Ha3biBaeMble (hOTOTpaHCAYKIIMEH, aK-
TUBHO M3y4aloT BO MHOTruMX Jiaboparopusix. OCHOBHO
BOTIPOC COCTOUT B TOM, KaK CBET BbI3bIBAET TMIIEPITOJISIPH -
3a11Mi0 MeMOpaHbI PELETITOPHOM KJIETKU M, B YaCTHOCTH,
KaK1M 00pa3oM MOTJIOIIeHNE BCETO OMHOM MOJIEKYJION po-
JOTICUHA €AMHCTBEHHOTO (DOTOHA MOXKET MPUBECTH K 3a-
METHOMY M3MEHEHUIO MEMOpPaHHOTO MOTeHIIMada U aKkTy
doropeuenuuu. [71a3 yesoBeka Iocjie COOTBETCTBYIOLIEH
TEMHOBO! aJanTalluu CIOCOOEH PerucTpUpOBaTh OTAEb-
Hble KBAHThI CBETa, TO €CTh €r0 YyBCTBUTEJIbHOCTb JJOCTHU-
raet TeoOpeTUYecKOoro npeesna.

B mocrenytonux pasaenax ctaTbi CyMMUPOBaHBI HO-
BeIlIMe MOCTVKEHMSI B M3YYEHUU MOJIEKYJSPHBIX Mexa-
HU3MOB (DOTOTPAHCAYKIIMU B (DOTOPEIIENTOPHBIX KJIeTKaX.
B aTux mpoiieccax mpuHUMaeT yyacTre 3HaYUMTETbHOE YnC-
JI0 OEJIKOBBIX KOMITOHEHTOB, COBOKYITHOCTb KOTOPBIX OObIU-
HO Ha3bIBAIOT 3pUTETbHBIM KACKaJIOM.

3PUTEJBHBIN KACKAJL

Ha puc. 2 moka3aHbI IJTaBHbIE KOMITOHEHTbHI CUCTEMBbI BOC-
MPUSITHS, TIepeJayu U YCUJIGHUsI 3pUTEJIbHOIO CUTHaIa B
MaJIouKax MOo3BOHOYHBIX 1 OCHOBHBIE OMOXUMUYECKUE pe-
aKIIMM, B KOTOPBIX OHM TIpUHUMAIOT yyacTtue. [lepBbiit mar
npoitiecca (OTOTPaHCIYKIIMK — TTOTJIOIIeHNE KBaHTa CBETa
(oTopelenTOpHBIM TTUTMEHTOM, POIOINICMHOM U TIEPEXO.
pomoricuHa B (hOTOaKTUBUPOBaHHOE cocTosiHe (R — R*).
PonomncuH — rmKoInpoTen i ¢ MOJIEKYIIpPHOM MacCoi OKO-
0 40 xlla, cocTosmuii U3 6ejKa OINCUHA U KOBAJIEHTHO
CB$SI3aHHOTO ¢ HUM xpoModopa (A, pororicuHa = 498 HM).
YHuBepcaabHbIM XpOMOMOpPOM B IaJlouKax M KOJ0oYKax
CeTYaTKU MO3BOHOYHBIX U B ¢hoToperienTopax 6ecrno3Bo-
HOYHBIX CIYXUT 11-yuc-petrHanb. OTICMH — WHTErpasib-
HBII MeMOpaHHBIN OEJIOK, Ha J0JI10 KOTOPOTO MPUXOIUTCS
okoJ10 70% o6miero 6enka HCIT 1 KOTOPBIii TOKAIU3YeTCS

B MeMOpaHax AMCKOB M I1azmatuyeckoit Memopane HCII.
ITpu aTOM conmepKalye poaoICHH y4acTKH Tia3MaTryec-
koii mMemOpanbl HCII sgBisiorcst mpeniiecTBEHHUKAMU
BHOBb (POPMUPYIOIINXCST TUCKOB. PomoricH oTHOCUTCS
K CEMEeICTBY pelLleNITOPOB, CONMPSLKeHHBIX ¢ G-0ekaMu
(G-06enku — OeJiKu, CIIoCOOHBbIE CBI3bIBATh TYaHUJIOBbIE
nykineotuasl GDP u GTP u npyHuMaTh yyacTue B TpaHC-
MeMOpaHHOI Ilepeaadye pa3HoOOpa3HbIX CUTHAJIOB). Mexa-
HU3M HaYaJIbHBIX 3TaroB Ipollecca (POTOTpaHCAYKIIMU
aHaJIOTMYEH MeXaHU3My TpaHCMEMOpaHHOM nepeaadyn CUr-
HAaJIOB C Y4acTHEM PELIENTOPOB 3TOro ceMeicTBa (Mmoapoo-
Hee cM. [1]).

ITornonieHne pogoONCUHOM KBaHTa CBETa MPUBOIUT K
psiny ero (OTOXMMMYECKUX IIpeBpallleHuil — (DOTOIU3Y.
ITepBUYHBIM aKTOM B 3TOM IpoI1iecce SBIISIETCS N30Mepu3a-
st 11-yuc-peTuHans B TOJIHOCTbIO mparc-hopmy (puc. 3).
W3omepuzaiiusi peTUHAS SIBISIETCS] €IMHCTBEHHBIM CBETO-
3aBMCUMBIM TIPOIIECCOM B XOJIe CBETOAKTHBALIMM POJOTICH-
Ha, BCe OCTaJbHBIC CTAIUM (DOTOIM3a CBETOHE3aBUCHUMBIE,
OHU COTIPSTKEHBI ¢ KOH(MOPMAIIMOHHBIMM TIepecTpOKaMu
B MOJIEKYJIE OTICMHA W PeaKIMsSIMU TTPOTOHUPOBAHUSI—]IE-
npotoHupoBaHust ocHoBaHusl Illudda, obpazoBaHHOrO
MEXIy peTMHAJeM U €-aMMHOTPYIMIO ocTaTKa JIM3WHa-
296 oncuHa (ocHoBaHusa IlIudda — coennueHus, obpa-
3yloIIKMecsT B pe3yjbTaTe peaKIMy ajblIeruaa U aMHuHa,
COIPOBOX/AIOIEHCS OTILEMJIEHUEM BOJbl, U UMEIOIIUE
nBoitHy1o cBsizb C=N). Mexny norjoueHuemM ¢oToHa U
n3oMepu3almeit peTuHajs mpoxoauT okoio 200 dc. 3a aTum
COOBITHEM CIlelyeT 0Opa3oBaHUE B TeUEHME MUJUTUCEKYHI
HECKOJIbKUX TTPOMEXYTOYHBIX (hOpM poporicMHa, Kaxkmas
U3 KOTOPBIX XapaKTepHU3yeTCsl CBOMM CIIEKTPOM TIOTJIOIIe-
Hus. HauGosnplilyio BaXKHOCTb JJISI OMOXMMUYECKUX peak-
1WA, TTPUBOIAIINX K BOSBHUKHOBEHHUIO (hOTOPELIENITOPHOTO

[MONHOCTBIO TPaHC-PETUHAND

Puc. 3. N3omepuzauust xpomodopa 11-ymc-petnHans
B MOJIHOCTbLIO TPAHC-PETUHANb B pedysibTate NornoLe-
HUS MONEKYNOM 3pPUTENBHOIO NUIrMeHTa (poaorncuHa)
KBaHTa cBeTa
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OTBeTa, MPEACTaBsIET OMMH U3 MHTepMEANaToB (GhoTonnsa
ponorncuHa — MetapogporncuH II (A, = 380), KoTopslit co-
NEPKUT HEMPOTOHUpOBaHHOe ocHoBaHuWe [Hudda ¢ nmo-
HOCTBIO mpaHc-peTUHAJIEM 1 XapaKTepu3yeTcsl 3HaYUTEIb-
HBIMU KOH(DOPMALIMOHHBIMU TIEPECTPOIIKaM B CPABHEHU U
C TEMHOBBIM POJIOTICHOM.

MetaponorcuH I1 (R*) BeIcTymaeT B poyin KaTaan3aTo-
pa B Ipolecce akTUBALIMK CJIEIYI0IIero 0eaKa 3puTeJIbHO-
ro xackana, TpaHcayuurHa (T). TpaHCoyurH OTHOCHUTCS K
ceMeiCTBY reTepoTpuMepHbIX G-0eJKOB U COCTOUT U3 allb-
¢ba-, 6eta- u ramma-cyovenunu (T,, Ty u T)) ¢ Moneky-
JapHbiMu Maccamu 40, 37 u 8 k[la cooTBeTCTBEHHO. Tp- 1
T,-cyObeIMHULIBI TIPOYHO CBSI3aHBI IPYT C APYTOM U HYHK-
LAOHUPYIOT KaK eauHast TBV—cy61)ezmHMua. Baxnerimeit
XapaKTEepUCTUKOW TpaHCOylIMHA, Kak 1 Bcex G-0eKoB,
SIBJISIETCSI TIPUCYTCTBUE Ha UX O -CYOBeIMHMIIE IIEHTPA CBS-
3pIBaHUS TyaHUIOBBIX HyKieotnnoB: GDP u GTP. B tem-
Hote (puc. 2, I) T, HaxogUTCA B KOMILIEKCE C MOJIEKYJION
GDP (T,-GDP) u cesi3ana ¢ numepom T, Kommiekce
(T,-GDP)-T, nokanu3yercsi Ha BHEIIHEH MOBEPXHOCTH
MeMOpaHbl TMCKOB U 00J1aJaeT MOBBILIEHHBIM CPOICTBOM
K MeTaponorncuny II. B pesynprate cBsiapiBanust R* ¢ (T,-
GDP)-Tg, unnyuupyetcst oomen csazantoro ¢ T,GDP Ha
GTP (puc. 2, II). Kommneke R*-(T,-GTP)-T,, 6picTpo
nuccouuupyeT Ha R*, akTuBHBIN KoMiuieke TX-GTP u
Tj,- OcBoboxpatonimiicst R* criocobeH akTMBUPOBATH Py -
TYI0 MOJIEKYJly TpaHcayuuHa (puc. 2, I11). AKTuBauus co-
TEH WJIU JIaKe THICSY MOJIEKY/ TPaHCIYIIMHA €UHCTBEHHOMN
MOJIEKYJIOM (DOTOBO3OYKIEHHOTO POAOIICHHA SIBISIETCS
TIePBLIM 3TAIlOM YCUJICHUS B TpOLIecce Mepenayn 3pUTelb-
HOTO CUTHAaJIA.

T*-GTP, B cBOI0O OYepeab, aKTUBUPYET CIICAYIOIIMIA
0esiok 3puTeNbHOrO Kackana — dochonusctepasy (PDE)
muknandyeckoro GMP (cGMP). PDE u3 HCII — nepudu-
pUYeCKUii MeMOpaHHBIN GEJIOK (JIOKAaTM30BaH Ha MOBEPX-
HOCTH JIMCKOB) C MOJICKYJISIpHOU Maccoil okojo 220 x/la,
COCTOSIINM U3 YeThIPEX CYOBETUHMIL: IBYX TOMOJIOTUIHBIX
PDE,- u PDE;-cy6beanHul (MOJICKY/IIPHBIC Macchl 99 n
98 xlla) u xByx uaeHTH4HbIX PDE, -cy6penuuun (10 x/la
kaxnas). PDE, - u PDE,-CyObeiMHULIBI OCYILECTBISIOT Ka-
TanuTI4ecKyto GyHkumio ruaponuua cGMP, a PDE -cy6nb-
eIMHULIA SIBJISIETCSI BHYTPEHHUM MHTUOUMTOPOM (hepMeHTa.

ITo aHajoruu ¢ IPyrMMM pelienTOPHBIMU CHCTEMaMU,
conpskeHHBIMU ¢ G-6GelkaMu, B CUCTEME POIOTICUH—
TpaHcayuuH-¢pochonuactepaza cGMP, PDE saBnsercs
s dexkTopHEIM 6eaKkoM, a cGMP — BropuuHbIM MecceH -
kepoM. OTHaKO B OTJMYME OT OOJIBIIMHCTBA PELIETTTOPHBIX
CHCTEM, KOTOPBIE CIyKaT ISl TIepenauu CUrHala ¢ BHelll-
Hell CTOPOHBI KJIETOYHOU MeMOpaHbl BHYTPb KJIE€TKU, OeJ1-
KU 3pUTEBHOTO Kackana IMepefaloT CUTHaI ¢ MeMOpaHbl
IUCKOB, pacrnonoxeHHoit BHyTpu HCII, Ha HapyxXHYyIO
TJ1a3MaTU4ecKyto MemOpaHy. PaccMoTpuM 3TOT mporiecc
6outee onpooHo. B reMHoTe PDE HeakTuBHA, ¥ B IMTOITIA3-

Me TaJIOUKU IOAAEPXKUBAETCsl BBICOKUIT ypoBeHbh cCGMP 3a
cYeT akKTUBHOCTU (hepMeHTa ryaHWIaTUWKIa3bl. B pe3ynb-
Tate 3Toro 6osbiias yactb cGMP-3aBUCUMBIX KATUOHHbBIX
(Na*/Ca*") xananos B masmaruyeckoit memopane HCII
HaXOJIUTCA B OTKPHITOM COCTOSSHUM U KaThoHbl Na* u Ca?*
CcBOOOIHO TU(PPYHIUPYIOT U3 BHEKIETOYHOIO IMPOCTPaH-
CTBa B LIMTO30JIb (CM. puc. 2, [), YTO MPUBOAUT K JETTOJSI-
py3anuy Tia3MaTudeckoi Mmemopansbl. [1IpoHuKaromme B
LUTOIUIA3My KaToHbl Na™ ynasores us kiretku Na* /K-
ATP-a3oi1, pacIiojioxXeHHOMI B TejIe MaJ09YKK (BHYTPpEHHEM
cerMeHTe). BHyTpukierouHas KoHueHTpauust Ca’t moga-
NEP>KMBAETCS Ha TIOCTOSIHHOM YPOBHE HAaXOMSIIMMCS B
wiazmMaTuueckoil Mmem6pane HCIT Na*/Ca**, K*-katuo-
HOOOMEHHUKOM.

BzaumoneiictBys ¢ PDE, T¥-GTP cHumaeTr MHIMOu-
pytouiee Bosneiicteue PDE, Ha depment (puc. 2, V), nipu
9ToM JUIs1 TojiHO# akTuBauuu PDE HeoGxogumo mpucyt-
ctBUe n1BYX Mojieky1 TX-GTP Ha Monekyny dhepMmeHTa (ITO
onHoit Ha Kaxayilo PDE -cybbenunuily). AKTUBHPOBAH-
Hasg ¢dochomuactepaza (PDE*) rugponm3yeT MHOXeCTBO
mouteKysn cGMP (o Tpex ThICSTY MOJIEKY/I Ha MOJIEKYITY aK-
TUBHOTO (hepMeHTa), W ATOT IpPOILIeCcC SIBJISAETCS BTOPHIM
9TaIlOM YCUJICHUS 3pUTEIbHOrO CUTrHaa (0011l Koaddu-
LUeHT ycuieHus pocturaet 10°—10°%). CHuXeHue BHYTpU-
KJIETOYHOM KOoHIeHTpauuu cGMP NpHUBOIUT K 3aKPBITUIO
c¢GMP-3aBHUCHUMBIX KATUOHHBIX KAHAJIOB U TUTIEPIIOJISIPU-
3alUM TJIa3MaTU4ecKoil MmeMopansbl (cMm. puc. 2, IV). Ta-
KUM 00pa3oM, 3a BOCIIPUSITUE 3PMUTEJIBbHOrO CUTHajla B
HCII orBeuaet hoToperienTOpHBIN MUTMEHT poaoTicuH. B
npolecce nepefayu CUrHajga Ha Iuia3MaTUYecKylo MemMo-
paHy IPMHUMAIOT YJ4acTHe YeThIpe OeJTIKa: pOIOTICHH, TPaHC-
mymuH, dochommacrepaza cGMP u cGMP-3aBucumerii
KaTUOHHBIH KaHa, a cCGMP, SB1s11ch BTOPUYHBIM MECCEH-
IIKepOM, HETTOCPEACTBEHHO TTepeIaeT CUTHAN C MEMOPaHBI
IMCKOB Ha Hapy:XHYIO IUIa3MaTUYecKylo MeMOpaHy. Poib
cGMP kak BTOpMYHOIO MECCEHIXepa B Iepemaye 3pu-
TEJLHOTO CUTHAJIa BIiepBble OblIa qoka3zaHa E.E. ®eceHko
(Muctutyt ouodusuku kinerku PAH).

DnekTpohU3noIOrnIecKrii OTBET (GoTOPeLIeNTOPHOIM
KJIETKM Ha CBETOBOI CTUMYJI IJTUTCS B T€YEHUE COTEH MMJI-
JIMCEKYH]I, a 3aTeM MpeKpalliaeTcs oiarofaps CyliecTBoBa-
Hus B HCIT MexaHM3MOB, OTBETCTBEHHBIX 32 BBIKJIIOUEHUE
dochommacrepazHOro Kackaua u BOCCTAaHOBJICHUE TEMHO-
BOTO COCTOSTHUSI.

BBIKJIIOYEHME 3PUTEJIBHOT'O KACKAZIA

Ilocne 3akpeiTus c¢cGMP-3aBUCHMBIX KaHAajJOB B IIUTO-
IU1a3Me NaJIoYKK B pe3y/ibTate akTuBHoctd Nat /Ca*, K*-
KaTMOHOOOMEHHMKA CHUXKAETCSI KOHIIEHTPALIUSI KATHOHOB
Ca’*. BbIKJIIOUEHUE 3PUTENBHOTO KacKala IPOUCXOINUT B
pe3yJibTaTe MOCIe0BaTeIbHOTO psifa peakuuit (puc. 4) u
HanpsiMyo CBSI3aHO CO CHMXKEHUEM BHYTPUKJIETOUHOM KOH-
LeHTpauuu KatnoHos Ca**.
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IlepBoii peakiiueil B 3ToM Ipoliecce sBisieTcs ¢pocho-
punupoBaHue R*, KoTopoe 3HaYUTeNbHO YMEHbIIIAeT CIo-
COOHOCTb IIMTMEHTA aKTUBMPOBATh TPaHCAYLMH. 3a ¢doc-
dopunupoBanue R* B HCII orBeyaeT pomorcMHKrHA3a —
GeJTOK ¢ MOJIEKYJIIPHOI Maccoii 67 k/1a. PomoricuHkHa3a
dochopuupyeT TOIbKO (POTOAKTMBUPOBaHHBII R* m He
B3aMOJIEHICTBYET C POJOTICUHOM B TEeMHOTE. AKTUBHOCTD
POIONCUHKMHA3L perynupyercsi Ca’**-3aBucUMBbIM 06pa-
30M ¢ roMolnbio Ca’*-cBA3BIBAIOILErO HeIKa — PEKOBEPU-
Ha. B TeMHOTe Ipu BeICOKO# KOHLIeHTpauuu Ca’* pekose-
PWH TIpeIoTBpaliaeT HexenaTesbHoe (hochopunpoBaHue
MUIMEHTA, B TO BpeMsl KaK CHIXKeHMe KoHIeHTpaimn Ca*
MPUBOJIUT K aKTUBAIIMM POJOIICMHKWHA3K (puc. 4, I1). Y
docdhopunuposanHHoro R* (R*—P) nosieisiercst moBbIIIEH-
HO€ CPOJCTBO €llie K OMHOMY OeJIKy — appecTuHy. CBsI3bI-

BaHMeE appecTUHA MPUBOAUT K MOJHOM MOTEPe CIIOCOOHOC-
™ (R*—P) akTuBHUpOBaTh TpaHCOyLMH. TakKuM 00pa3om,
IIJIsI ”THAKTUBAILlUKM POIOIICMHA TpedyeTcs ero hochopuin-
poBaHUe U B3aUMOJAEMCTBHME ¢ apecTUHOM. MHaKkTuBaLMs
T*-GTP npoucxoauT B pe3yibTaTe TMIPOJIN3a CBI3aHHO-
ro GTP no GDP, mpuuem T, cama o61agaet CnocoOHOCTBIO
ruaponusoBath GTP (I'T®a3Hoit akTUBHOCTBIO). OgHAKO
CKOPOCTb CaMOITPOM3BOIBHOTO THUAPOJIN3a JOBOJBLHO M-
sieHHa. OHa yBeTmIMBaeTcs ipu B3aumogeiictsuu T5-GTP
¢ PDE,, a takxe npu cHmkennu yposHs cGMP B HCIL.
HenaBHo ObIT OTKPBIT TaK Ha3biBaeMbIii RGS-0emok, o1-
Hocsuiics K Kiaccy G-0eJIKoB, KOTOPbIid, B3aMMOJIEUCT-
Bya ¢ T#-GTP, pe3ko yBeIUIMBAET CKOPOCTh TUAPOIM3A
GTP Ilocne runponuza GTP T, -GDP 6sicTpo nuccounu-
pyer or PDE,, a accounauust PDE, ¢ PDE;; npuBOAUT K
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Puc. 4. Cxema BbIK/TIOHEHUS 3PUTENBHOMO Kackaaa 1 Bo3epalleHns GoTopeLenTopa B TEMHOBOE
cocTosiHue: | — doToakTMBMpoBaHHoe cocTosiHne HCI. Monekynbl pogoncuHa, TpaHcayuuHa n
cGMP docdhoamnacTepasbl HAXOOATCS B aKTUBHOM COCTOSIHUM. CGMP-3aBUCHMBIN KaHan 3akpbiT;
Il - B pesynbTaTe aktmeHocTU Na'/Ca2*, K'-KaTMOHOOBMEHHVKA CHUXAETCS BHYTPUKIETOYHAs
KOHLEHTpaums kaTmoHoB Ca?*. CHuXeHMe KoHUeHTpaummn Ca®* nprBoamT K akTMBaLmMmn POAONCUH-
knHa3bl (RK — RK*), koTtopast pochopunmpyet GoToBo306yxaeHHbI R*. dochopunmpoBaH-
Hblh pogoncuH (R*[P) npo4yHO CBS3LIBAETCS C appecTUHOM (Ar), KOTopbIli 6110KMpyeT caiiT B3au-
MOJENCTBUS POAONCKHA C TPAHCAYLIMHOM U TeM CaMbIM eflaeT HEBO3MOXHbIM fanbHelee 06-
pasosaHue T;-GTP. T;-GTP wuHakTMBupyeTcs B pedynbtate ruaponusa GTP go GDP 3a cuer
BHYTPEHHEN GTP -asHoW aktmeHocTu T, n T,-GDP auccouunpyet ot PDE PDE accouumpyert C
KaTanuTuiecknmm cybbeamHnuuamm PDE (PDE p) VI MHaKTUBUpYeT cbepvvleHT III — KOHUEHTpaums
cGMP Bo3pacTaeT 4O TEMHOBOIO YPOBHS 32 CHET akTUBaLMK ryHunatumknassl (GC*), npoucxo-
OAWEN B pesynbTate CHMKEHVs KoHUeHTpauun Ca?’. cGMP-3aBUCUMBIV KATUOHHbLIN KaHan oT-
KpbIBAETCS, 4TO MPMBOAMT K AenoNnapusaLmm nnasmatmyieckor membparbl. @ocdartasa 2A (P2A)
nedocohdopunmnpyet R*[P. HedochdopunmpoBaHHbii pOAONCUH pacnagaeTcs Ha MOJSIHOCTLIO
TpaHc-peTnHanb 1 oNcuH; IV — OrNcuH KOBaneHTHo npucoeanHseT 11-yuc-peTuHans ¢ 06pa3oBa-
HMeM pogorncuHa. PoTopeLienTopHas KneTka BO3BPaLLAETCs B UICXOOHOE TEMHOBOE COCTOSIHME
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nHakTuBauu pepmenta (cMm. puc. 4, I1). Ipouecc acco-
unauuu (T,-GDP) ¢ T, KOHTpOUpYeETCS ellle OMHNUM Oeli-
KOM — (pOoCoyLIMHOM.

CHMXeHUE YPOBHSI CBOOOIHOTO KaJIbLIMS B IUTOILIA3-
me HCII, BeI3BaHHOE OCBEIIEHNEM, IIPUBOIUT TaKXKe K aK-
THBaUMK ryaHunatuukiasel (GC*) — pepMeHTa, OTBETCT-
BEHHOTO 3a BOCCTaHOBJIEHME TeMHOBOro ypoBHs1 cGMP.
HeiictBue Ca*" Ha GC B GoTOpeLenTopax ornocpeIoBaHO
peryiasatropHbiM  GC-aktuBupytommum Oenkom (GCAP).
GCAP He BiuseT Ha 6a3anbHyl0 aktTuBHOCTE GC B mpu-
cytetBuu Ca**, Ho yBeIMUMBAeT ee aKTUBHOCTh ITPU MOHU-
>KEHUM KOHLIEHTpaIuy mocieaHero. CHIKeHUe KOHIIEHT-
pauuu Ca’" BiausgeT Takke U Ha akTuBHocTb cGMP-
3aBUCHMOT'0O KATUIOHHOTO KaHaJla, U 3TO BIMSIHUE OTTOCPEI0-
BaHo e1ie ofHUM Ca’ " -CBA3BIBAIOIIMM 6EJIKOM — KaTbMOJLY-
JHoM. Takum 00pa3oMm, MpoLIeCcC BRIKITIOUEHNS 3pUTEIbHO-
ro cuUrHama KoHTposnupyercsa TpeMsi Ca’*-cBasbiBarommmm
o6enkamu: pekoBepruHoM, GCAP 1 KaTbMOIYIMHOM.

Bo3spanienne poropenenTopa B TeMHOBOE COCTOsIHME. B
pesyabTaTe CHWXeHMs KoHleHTpaunuu Ca’™ u mocnenyto-
1lIeT0 MOBHIIeHUS KoHLeHTpauuu cGMP B muromiazme
HCII otkpriBatorcst cGMP-3aBucrMbie KaTUOHHBIEC KaHA-
nel (puc. 4, I11) n BoccTaHaBIMBAaeTCsI TEMHOBOM TOK, YTO
U TIPUBOIUT K AeTIoNiIpu3aliu otopetientopa. Hanbomee
CJIOXHBIM B Mpollecce BO3BpallleHus1 (oTopelentopa B
TEMHOBOE COCTOSIHUE SIBJISIETCSI BOCCTAHOBJIEHUE CBETOUYB-
CTBUTEILHOCTHU ponoricuHa. CaMoil MeJUIEeHHOM peaklueit
SIBJISIETCS paclial KOMIUIEKCa appecTuHa ¢ (ochopmim-
POBaHHBIM POJOTICMHOM, KOTOPBII HAYMHAETCS C IMCCO-
LIMALIMHU TTOJIHOCTBIO mparc-peTuHans. Jlanee cBOOOIHBIM
dochoprmpoBaHHLBII OIICKUH AePochOopUInpyeTcs C Imo-
Mo1iblo pocdartassl 2A (puc. 4, 111), mocie yero, HaKOHell,
U CTAaHOBUTCS BO3MOXHOI pereHepaliusl poaoIicCMHa B
pe3yibTaTe CBsA3bIBaHUS oONCUHA ¢ 11-yuc-peTnHanzem
(puc. 4, IV).

SAK/IIOYEHUE

B mpoueccax ¢oToTpaHCAYKUMM NPUHHUMAET Yy4yacTue
00JIBIIIOE YKCTIO PA3HOOOPA3HbBIX OEJIKOBBIX MOJIEKYJ, KO-
TOpBIE HAXOOATCS B YCIIOBUSIX TMHAMUYECKOTO B3aMMOJIEii-
CTBUSI APYT C APYroM. XapakTep 3TUX B3auUMOAEUCTBUI
BCeLIEeJIO OIpeessieTCs] MEPBUYHOM U TTPOCTPAHCTBEHHOMN
CTPYKTYpO1 B3aUMOJIEHCTBYIONINX 6eTKOB. [1pn 3TOM B3au-
MOJeicTBUE OETKOB JIEKUT B OCHOBE KaK MEXaHM3MOB
aKTHMBAllUM W BBIKJTIOYEHUST 3pUTETLHOTO KackKana, Tak v
MEXaHU3MOB BO3BpallleHUs1 (poTopelenTopa B TEMHOBOE
COCTOSTHUE.
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