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INTRACELLULAR
CALCIUM-BINDING
PROTEINS

Part 1. Classification
and structure

N. B. GUSEV

Calcium is universal ele-
ment of signal transduction
in the cell. Different sig-
nals transiently increase
the intracellular concen-
tration of Ca**. Ca** inter-
acts with proteins having
special binding sites
designated as EF-hand.
Ca’* binding induces
structural changes and
regulates activity of these
proteins.

UoHblI Kanbuusi sABIISIIOT-
cs yHUBepcaJsibHbIM pery-
NIATOPOM >KuU3HegesiTeslb-
HOCTU KIeTku. BHyTpu- n
BHEKJ1eTOYHble CUrHarsbl
BbI3bIBalOT  yBeJsin4eHue
KOHUeHTpayuu Ca** B yn-
Tonnasme. Ca?* B3aumo-
aencreyer ¢ bernkamu,
uverowuMmn crneymnasbHbole
LeHTpbl CBsA3bIBaHUS, MO-
nyynBlimne HassaHne “EF-
pyka”. CBsasbiBaHue Ca®*
Bbi3biBaeT WU3MeHeHue
CTPYKTYpbl 3TUX 6esIKoB
U perynupyetr UX aKTuUB-
HOCTb.

BHYTPUKJIETOMHBIE
Ca-CBA3bIBAIOLLME BEJIKU
Yacrs 1. Knacendpukauns

M CTPYKTYpGQ

H. 6. 'YCEB

MockoBckuii rocyfapCTBeHHbINA YHUBEPCUTET
um. M.B. JlomoHocoBa

BBEJEHUE

HopmanbHoe (GyHKIMOHUpPOBAHUE KIETKA HaXO-
JIIUTCS TOJ, KOHTPOJEM MHOTOYMCIEHHBIX U pa3HO00-
Pa3HbIX PEryasaTOpHbIX cucTeM. KieTka nokHa ymeThb
OCYIIECTBIATL YIOPSIOYEHHBIE ITOCIEI0BaTEIbHOCTA
XUMUWYECKNX PEAKIIUA, TOYHO OTCIEKWBas HaKOILIe-
HUE OJHUX U TMOTpebiaeHue Apyrux BeiiecTB. Kierka
JIOJXXHA C OIpeAesIeHHON MePUOIUYHOCTBIO NETUTHCS,
a oOpa3oBaBIlIMecs] JOYEPHUE KIETKM — CIEIUaTn3U-
pOBaThCSI HA BBIMOJHEHUE CTPOTO OMPEIeTEHHBIX
dbyuxkuuii. [TomuMo 3TOTO KIIeTKa JOJIKHA BOCIIPUHU-
MaTh CUTHaJIbl OT COCEIHUX KJIETOK U aIeKBaTHO pearu-
poBaTh Ha HUX. DTa peaklusl MOXET COCTOSITh B 1aJlb-
HeWIel nepeaaye MoJy4YeHHOTO CUTHAIA, U3MEHEHUN
(opMBbI KJIETKU, WU €€ TIEpeMEIIEHU M, I Tepexo/ie
OT COCTOSIHWSI OTHOCUTEJIBHOTO TOKOSI B COCTOSIHUE
ObIcTporo neaeHus. s Toro 4toObl HEe ITPOUCXOIUIO
c00€eB 1 HEe BO3HUKAJIM IpaMaTUYeCKKe OIIIMOKY, HE0O-
XOIMMO, YTOObI CUCTEMbI, YYaCTBYIOIIUE B PEryJIsiliuu
KU3HELAEATEIIbHOCTU OJHOM U30JIMPOBAHHOM KJIETKU U
B €e OOIIEHNM C COCEIHUMM KJIETKaMM, ObLIM YHUBEP-
caJbHbIMU. JIpyrumMu cjioBaMu, KJIETKHA MOTYT OOIIIaThCsI
JIPYT C IPYTOM Ha pa3HbIX S3bIKaX (B OpraHU3Me CUHTE-
3UPYeTCs MHOTO Pa3HbIX TOPMOHOB U TOPMOHITOA00HBIX
BEILIECTB), OAHAKO BHYTPH KJIETKH JOJIKEH HAXOIUThHCS
CBOEOOpPA3HbBIN MEPEBOMYMK, 00ECTIEUYMBAIOIINI TTepe-
BOJI CUTHAJIa C MEXKJIETOUHOTO $I3bIKa Ha SI3bIK, TTOHSIT-
HBII ¥ JOCTYITHBII KaXKI0M KJIeTKe. DTOT SI3bIK UCHOJIb-
3yeTcsl B MOBCEIHEBHOM >XW3HW OAHHOU KIETKU U
TMIPUMEHSIETCS TSI YIIPABJICHUSI BCEMU BHYTPUKJIIETOU-
HBIMU TpolieccaMy BHE 3aBUCMMOCTU OT TOTO, Haxo-
JIUTCS KJIETKA B U30JIMPOBAHHOM COCTOSIHUU WJIHU SIBJISI-
€TCS YacThIO COOOIIIECTBA KIIETOK.

B kiieTke cyniecTByeT JOBOJbHO OTPAaHUYEHHOE KO-
JINYECTBO YHUBEPCAIBHBIX PEryasiTopoB. K unciy Takux
YHUBEPCATbHBIX PETYJISITOPOB OTHOCSITCS IMKITNYECKUE
HyKJIeoTHabl (mukiandeckas AM®D, mukindeckas
I'M®, nuknmnueckass AII®-pu603a), HEKOTOPbIE MPO-
u3BoAHbIe ochonunuaon (hocorMHO3UTUABI, HEKO-
TOpble COUHTONUMINIBI), MOHBI KaJIbIIUsI U HEKOTOPbIE
JIPYrye CPaBHUTEJIbHO HU3KOMOJIEKYJISIPHbIE COeMHE-
Hust. Kak mpaBuiio, B COCTOSIHUU MOKOSI KOHLIEHTpaLIUs
STUX BELIECTB BHYTPU KJIETKU OYeHb Masia. OnpenesieH-
Hble BHEIIIHWE WIM BHYTPUKJIETOYHbIE CUTHAJIBI MOTYT

COPOCOBCKUIN OEPA3OBATE/IbHbIN XXYPHAT, Ne5, 1998



MPUBOIUTh K KPaTKOBPEMEHHOMY M3MEHEHMIO KOH-
LIEHTpallUK 3TUX CUTHAJIBHBIX MOJIEeKY1. B oTBeT mpo-
HWCXOANT JIaBUHOOOpa3Hasi aKTUBAIMSI MHOTOUYMCIIEH-
HbIX (DePMEHTATUBHBIX CHUCTEM M KJeTKa ajeKBaTHO
pearupyet Ha nipuieaiuii curdai. CrienuanabHbIe CU-
CTeMBbI 3aHUMAIOTCS OBICTPOIl YOOPKON CUTHAJBHBIX
MOJIEKYJ. DTH MOJIEKYJbl JIMOO pa3pyllamTcs, MO0
BBIOPACHIBAIOTCSI U3 BHYTPUKJIETOUHOTO MPOCTPAHCTBA
HapyXy, 1 KJIeTKa BO3BpalllaeTCsl B CBOE UCXOMHOE (He-
aKTUBUPOBAHHOE) COCTOSTHUE.

PaccmoTpuMm 6os1ee monpo6HO GYHKIIMOHMPOBAaHUE
ONHOM U3 HauboJjiee YHUBEPCATbHBIX U LIMPOKO pac-
MPOCTPAaHEHHBIX PETYISITOPHBIX CUCTEM, CBSI3AHHBIX C
nonamu Ca**. Jlo cux Mop ocTaeTcsl He OYeHb TTOHST-
HBIM, ITOYEMY KJIETKA UCTI0/b30Bana uMeHHo Ca®* B Ka-
YeCcTBEe YHHUBEPCAJIBHOTO peryisitopa. BrickasbiBaeTcst
MPEIoNOXEHUE, YTO TEepBOHAYAJbHO KJIeTKa MbITa-
J1ach N30ABUTHCH OT MOHOB KalbLMs MOTOMY, uTo Ca?*
o0pa3yeT II0X0 pacTBOPUMBIE KOMILIEKCHI ¢ hocdaTa-
mu. B kietke MHoOro (ocaroB, MOTOMY YTO UMEHHO
OHU HUCTIOJIB3YIOTCS JUTSl CO3aHUSI M HAKOTUIEHUsI Oora-
TeIX BSHeprueil coemuHeHmii [1]. CocymecTBoBaHMe
BHYTpHU KJIeTKU (pocdaTtos u Ca>* B BLICOKOI KOHLIEHT-
pauuy MPUBOAMIO Obl K BBINIAJACHUIO B OCAIOK COJei

docdara KanblMsT M Mapaanu30Balio OBl JeITeTbHOCTh
KJIeTKH. [103TOMY KIIETKOI OBUIM CO3MaHBI CITEIINAlTb-
HBblE TPAHCIIOPTHBIE CUCTEMBI, OOecIIeunBaloIIe yaa-
nenue Ca’* u3 nurorutasmsl (cM. ctaTeio F0.A. Bioanu-
mupoBa B “CopocoBckoMm O6pasoBaTenbHoM XKypHane”
B No 3 3a 1998 ron). Takum obpa3oM, BHaJasle KIeTKa
uzbasisiack oT Ca?* kak or BpenHoro KatuoHa. I1o3a-
Hee KJIETKa ucrnonb3oBaia Ca’” B KauecTBe CUTHAILHO-
IO MOHA. DTO CTaJI0 BOBMOXHBIM ITOTOMY, YTO B COCTO-
STHUM TIOKOSI KOHIICHTpAIMsI KaJbIUs B KJIETKE OYEHb
MaJia 1 Jilo0oe yBeJIMYeHNe KOHIIEHTpaluu OyaeT Boc-
TIPUHUMATbCS KJIETKOM KakK CUJIbHbII curHai. [ToMmumo
9TOTO B KJIETKE CYIIECTBYET MHOTO CHUCTEM OBICTPOTO
ynanenus Ca’>", KoTopble 06ecreunBaloT OLICTPOE TY-
IIeHNe KaJIbIIEeBOTO CUTHAJA.

CucreMmsl, yaangomuye Ca?* U3 KIeTKU U noaiep-
KUBAIOIINEe HU3KUI YPOBEHb 3TUX MOHOB B COCTOSTHUM
TTOKOsI, BCTpOeHBI B MeMOpaHbl. B HapyxHoi1 ma3ma-
THYecKoit MeMOpaHe pacnionoxeHbl Ca-ATda3a, cBoe-
00pa3Hblii Hacoc, BeIKauuBaoluii Ca’* nmpoTus rpaau-
€HTa KOHILICHTPAIlUM U3 KJIETKU BO BHEIITHIOIO CpeLy 3a
cuet ruaponusa AT®, u cnenmanbHelil Nat-, Ca?*-06-
MEHHUK, KOTOPBI B 3aBUCMMOCTH OT YCJIIOBUI MOXET
0OMEHUBATh BHYTpUKJIETOUHBIA Ca’" Ha BHEKJIETOUHBLIA
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Puc. 1. Yuactue Ca-cBa3biBaioLLmx 6ENKOB B Nepefaye BHYTPU- U BHEKJIETOYHbIX CUrHaNOB. icnonb30BaHHbIE cokpaLle-
Hus: Ins(1,4,5)P,, nhosuton 1,4,5-tpudocdar; Ptdins(4,5)P,, dochatnannunosuton 4,5-gudocdar; PLC, pocdonu-
nasa C; G, N'Md-cea3biBatowme 6enku; CaCbk, Ca-casbiBatolume 6enku (no [2] ¢ nameHeHusiMn)
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Na* (puc. 1). B MeM6GpaHax 3HIOIIA3MATUYECKOTO Pe-
THKyJIyMa pacronioxeHa creuuanbHas Ca-AT®aza,
KoTopas 3a cueT ruaponn3a AT® oTkauynmBaeT Kalblnii
U3 LIUTOTUIa3Mbl U HAKATUIMBAET €r0 BHYTPU 3aMKHYTBIX
LIMCTEPH peTHKyayMa. HakoHell, B MUTOXOHAPUSX CY-
IECTBYET CIielaIbHasI TpPaHCTIOPTHAST CUCTeMa, Tepe-
KauyMBalomas KaJblMii U3 LUTOIUIa3Mbl BHYTPb MaT-
puKkca mutoxoHapuit (cm. puc. 1). Ha moepxHOCTH
KJIETKU PacrojiaraloTcsl pellenTOphl, CITIOCOOHBIE CIie-
MGUIECKN B3aMMOJCHCTBOBATh ¢ TopMOHaMu. [lpu
CBSI3BIBAHMM TOPMOHA C PEIIENITOPOM MOXET TIPOUCXO-
JIUTh OTKPbIBAHKE CMEeIIMAIbHBIX KAHATIOB, TI0 KOTOPBIM
Ca’" ycrpemiserca U3 BHEKJIETOUYHOTO IPOCTPAHCTBA
BHYTPb KJIETKU. [[pyTrie TOPMOHBI, B3aUMOACUCTBYS C
pelenTopaMu, aKTUBUPYIOT CHEIUaTIbHBIN (hepMeHT,
dochonunazy C, KoTopas OCYLIECTBISET TUAPOIU3
MeMmOpaHHoro (ocdonunuaa, hochaTUANITMHOIUTOI-
4,5-docdara, c o6pa3zoBaHIEM BOIOPACTBOPUMOTO IIIe-
CTMATOMHOTO (0ochOpMUINPOBAHHOIO CIIUPTAa — MHO3U-
ton-1,4,5-tpudocdara (Ins(1,4,5)P;) (cm. puc. 1). D10
COeTMHEHME BBITIOJHSAET PYHKIIUY BHYTPUKIETOUHOTO
mocpenHuKa. OHO CBSI3BIBACTCS CO CIEIIUATBHBIM pe-
LIETITOPOM Ha TIOBEPXHOCTH IHIOIIa3MaTUIECKOTO pe-
TUKYJIyMa U OTKPhIBAaeT KaHaubl 11 Bhixoga Ca’* u3
LUCTEpH PEeTUKYJIyMa B IIUTOILIa3My. TakuM oOGpas3oMm,
TOPMOHBI U BHYTPUKJIETOUHBIC TIOCPETHUKHM TeM WU
WHBIM CITOCOOOM YBEIMUMBAIOT KOHIIEHTPALIMIO Kajlb-
1IM$1 B LIMTOILIa3Me.

B cocTostHUM MTOKOST KOHIIEHTpaIvsl KaJbLUs B LIU-
TOIIa3Me MoiaepxkuBaeTcss Ha ypoBHe 107°—1077 M.
CTuMys1IMs KJIETKU COMPOBOXAAETCS KPaTKOBPEMEH -
HBIM YBeJIMYEHNEM KOHLEHTpaUUH KanbpLus 10 107 M.
Kanpuuit B3aumomeiictByeT co cneuuaibHbiMu Ca-
cesaspiBaomiumu 6enkamu (CaChb Ha puc. 1). ITocne
caspiBaHus Ca?" 5T GeIKM UBMEHSIOT CBOIO CTPYKTY-
PY ¥ OKa3bIBalOTCSI CITOCOOHBIMU BIIUATh HA MHOTOYMC-
JIEHHBIE ¥ pa3HOOOpa3HbIe IIpoliecChl. BHyTpM KieTku
Ca-cBsi3bIBatolye 0eJIK1 YYaCTBYIOT B PEryJsILiuuU Kie-
TOYHOTO 1IMKJa, BJUSIIOT Ha aKTUBHOCTh DPAa3IMYHBIX
(bepmeHTOB, TpaHcropT Ca’* 1 cocTosIHUE HUTOCKEIeTa
(cM. puc. 1). Ca-cBs3bIBaloIIMe OSIKM MOTYT PEryInpo-
BaTh TPAHCKPUMIMIO M amonTo3 (MporpaMMHUPyEMYIO
rubenpb kinetku) (cMm. puc. 1). Yacts Ca-cBs3bIBaOIINX
6GeJIKOB MOXET CeKpeTUpOBaThCsl HapyXy KiIeTKu. Bo
BHEKJIETOYHOM IIpocTpaHcTBe Ca-cBsa3bIBaloniue o0es-
KW MOTYT BBICTYNaTh B KauecTBe (haKTOPOB POCTa, BIM-
SITh Ha XEMOTAKCHUC, a TakKXe B3aMMOIEHCTBOBAThb C
KOMITOHEHTaMM BHEKJIETOUHOTO MaTpuKca (cM. puc. 1).

[TosblieHne KoHuUeHTpauuu Ca’* BHyTpM KieTkn
OKa3bIBaeTCsl CBOEOOPa3HBIM CUTHAIOM TpeBoru. Bce
TPAHCTIOPTHBIE CUCTEMBI MOOWJIM3YIOTCH HA YIaJleHUE
Ca?* u3 xierku. Ilpoucxomur auccoumauus Ca’* us
ero Komruiekca ¢ Ca-CBA3LIBAIOIIMMU O€NKaMU, U
KJIeTKa TIepPEXONUT B COCTOSIHUE MoKos. TakuM obpa-
30M, B OTBET Ha CTUMYJ B KJIETKE ITPOMCXOIMUT TOJNLKO
KPaTKOBPEMEHHOE yBeJIMYEHUE KOHLEHTPALMM Kalb-
s ot 107—107° mo 10> M. CrenyeT 3aMeTUTh, 4TO
BHYTPM KJIETKM BCETNA TMPUCYTCTBYIOT MOHBI MArHus,
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P 3TOM KOHLeHTpauust Mg>* coctasnser 107°—1072 M.
Takum 06pa3om, ISt TOrO YTOOBI UCTIOIB30BATh UOHBI
KaJblMUs B KAU€CTBE CUTHAIBLHOTO COEAMHEHUsI, HE0O-
XOAMMO UMETh BHYTPHU KJIETKU CIIeLIMaIbHbIE MOJIEKY-
JIBI-PELIETITOPBI, KOTOPBIE TOJKHBI OTBEYaTh HECKOJIb-
KUX TpeOOBaHUSIM. Bo-TIepBbIX, MOJIEKYJIbI-PELIETITOPBI
JOJDKHBI pa3/InyaTh IOXOXUE Mexay co6oil moHbl Ca**
1 Mg?*, BO-BTODBIX, OHY JOJIKHBI CBsA3bIBaTh Ca’* ¢ 1o-
CTaTOYHO BBICOKMM CPOJICTBOM, U, B-TPETbUX, 3TH MO-
JIEKYJIbl TOJDKHBI B 3aBUCMMOCTUA OT KOHIIEHTpAILUU
KaJblUs MO-pa3HOMY B3aMMOJAECTBOBATh C OelKaMu-
MMUILIEHSIMU U obecneunBaTh Ca-3aBUCUMOE yIpaBiie-
HME MHOTOYMCIEHHBIMU MPOLIECCaMU, TTPOUCXOASIIM-
MM B KjieTke. MBI paccMOTpUM KiacCU(UKALIMIO U
crpoeHue Ca-cBs3bIBalOIINX OEJIKOB, a BO BTOPOii Yyac-
TH CTaTbU KOCHEMCS TOro, KakuM oopazoM Ca-cBSI3bl-
Barolre O6eJK1 MOTYT peryJiMipoBaTh aKTUBHOCTh OeJi-
KOB-MUIIICHEMN.

CTPYKTYPA Ca-CBA3bIBAKOLMNX YHACTKOB
BHYTPUKJIETOYHbIX BEJIKOB
CEMEUCTBA EF-PYKM

Honbl Ca>" cUIBHO TMAPaTUPOBAHBI U YAEPKUBAIOT
BOKpYT cebst 6—8 Mosiekys1 Boabl. TaknuM o0pa3om, IJjIst
TOTO YTOOBI CBSI3aTh MOHBI IBYXBaJCHTHBIX METAJIOB,
HaJl0 3aMECTUTD CBSI3aHHbBIE C HUMM MOJIEKYJTbI BOJIBI Ha
TPYIIIBI, MPUHAUIEXAIIE TOTUTIEITUIHON 1IeTH Oe-
ka. CoBepIilIeHHO OYEBUAHO, YTO OCYILIECTBUTH OMHOMO-
MEHTHYIO 3aMeHY 6—8 MOJIeKyJT BOIbI HA COOTBETCTBYIO-
M€ JUraHabl (orpeiesieHHbIe OCTaTKU aMUHOKUCIIOT)
B CTPYKType OeKa HeBO3MOXHO. [1o3TOMy CTpyKTypa
Ca-CBsI3bIBaOLIErO yyacTKa AOJDKHA 00JiagaTh ITOBbI-
IIEHHOI TMOKOCTBIO U OBITh CLIOCOOHOI B3aMMOJIEUCT-
BOBaTh KaK C TMOJIHOCTbIO TMIPATUPOBAHHBIM MOHOM
Ca’", Tak ¥ C MIOHOM KaJIbLIMs, TOTEPSABIINM YacTh MO-
Jexyna Boabl. [1oBbllIeHHAsI THOKOCTh HEOOXOAMMa TaK-
K€ JUIS1 TOTO, YTOOBI (pYHKIIMOHAJIbHbBIE TPYIIThI OeKa
MOTJIM OKPYXXUTh MOH KaJIbLIUSI CO BCEX CTOPOH M KakK
OBl CIIPATATh €T0 OT OKPYXKAIOIINX MOJIEKYJI Bobl. [116-
KOCTh O0ecreuynBaeTcsl 3a cyeT Toro, yro MmHorue Ca-
CBSI3BIBAIOLIIME YYaCTKU MMEIOT CTPYKTYpPY TETJIH, CO-
crosiiieit u3 12 aMMHOKUCIOTHBIX ocTaTkoB. CieBa u
crpana (To ectb ¢ N- 1 C-KOHIIOB) TaKas IeTJIsSI orpa-
HuyeHa 12—14-4eHHBIMU O-CIUPaJbHBIMU ydacTKa-
MU (O-CIIMpasiMU Ha3blBalOT XapaKTePHYIO YKJIAAKY
MOJIMTIENTUAHON LEMU, KOTopasi ToXoXa Ha CKpy4eH-
HYIO TIPYXVHY, CTaOMJIM3UPOBAHHYIO CHCTEMOM BOIO-
ponHbIX cBsizeit. [logpoOHO 3Ta CTPyKTypa omnucaHa B
cratbe H.K. Harpanosoii [3]). Takum o6pa3om, CTpyK-
Typa Ca-CBSI3bIBAIOIIETO LIEHTPA UMEET BUJ CITMPab—
TeTVISI—CITUPaTb U KaXIbIi 3JIEMEHT 3TON CTPYKTYpPHI
COIEPKUT 0KOJIO 12 aMUHOKHCIOTHBIX OCTaTKOB.

BrniepBbie cTpykTypa Ca-cBsI3bIBaIOILIEro IIEHTpa
ObUTa MOAPOOHO UccaenoBaHa B Havyaje 70-x rogoB Po-
6eproM Kper3smHrepom u COTpygHMKAMU C ITOMOILIBIO
PEHTTEHOCTPYKTYPHOIO aHajlu3a Ha KPUCTAIaX HMU3-
KoMouteKysspHOTro Ca-CBsI3bIBaIOIIEro Oe/iKa U3 MBIIIILI
pbI0 (Tak Ha3bpIBaeMOro TapBaibOymuHa). UMeHHO
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TOTJa ¥ MOSIBUJICS IOBOJIbHO HEOOBIYHBIN TepMUH “EF-
pyka”, KOTOPbIii IIUPOKO UCTIONB3YETCS TPU ONMCAHU U
cTpyKrypbl Ca-cBs3biBatomux 0eakoB. [1puHsaTO cpaB-
HuBaTh Ca-CBS3BIBAIONIME IICHTPHI C TPaBOil PyKOM,
MPU 3TOM OTCTaBJIEHHbBIE OOJBIION M YyKa3aTeJbHbII
Mayiblibl COOTBETCTBYIOT IBYM O-CITUPAJbHBIM ydacT-
KaM, a OCTaJIbHbIE CJI0XXEHHBIE MaJbLibl KaK Obl n300pa-
xkatoT Ca-cBs3biBarolnyio netiio (puc. 2). Haspanue
“EF-pyka” mosiBIJIOCH M3-3a TOTO, YTO Ha PEHTITEHO-
rpaMmax HaubOoJiee YeTKO yIaBajioCh MPOCIEINUTh X0,
IBYX O-CITUPAJIbHBIX YYACTKOB, OJWH U3 KOTOPBIX ObLIT
obo3HaueH OykBoii E, a npyroit — 0ykBoii F.

PaccmoTpuM 6Gosee moapo6Ho, Kak Ca’* xoopnou-
Hupyetcsl BHyTpu Ca-cBsi3biBatoiiieii netiau. Kak rmpa-
BWJIO, MOHBI KaJbIUsI KOOPAMHUPYIOTCS 6—8 KKCIIO-
poIconepxXalMMyl JUraHaaMu. ATOMBI KMCJIOpOJa,
YUYACTBYIOIIME B CBA3BIBAHWU KalbIUsI, OOBIYHO TIPU-
Hamtexat KapookcuiabHEIM TpyniiaMm (—COOH) ocrat-
KOB TMKapOOHOBBIX aMUHOKUCIIOT (acmaparmHoBasi 1
riayTaMuHoBast kuciora), amuaaMm (—CO—NH,) atux
aMUHOKMCIIOT (acmaparvHy U IJIyTaMUHY), aMAHOKUC-
JIoTaM, coaepKaluuM crupToBeie rpymmsl (—OH) B 60-
KOBO1 LIeTH (CepUH U TPEOHWH), a TaKXKe KapOOHWJIbHO-
My aToMy Kucyiopoaa mentuaHoit csizu (—CO—NH-).
Bce ot turaHabl pacrojiaraloTcs B MOJ0XeHUsIx 1, 3,
5,7, 9 u 12 12-unenHoit Ca-cBs3bIBaloOLIe IIETIN
(puc. 3). BokoBEIe TPYIITEI 3TUX AMUHOKHUCIOTHBIX OC-
TaTKOB (MJIM KapOOHWIBHBIN aTOM KMCJIOPOJa aMUHO-
KUCJIOThI, HAXOASIIEHCST B TIOJIOXKEHUU 7) KakK OBl IMO-
BEPHYTHI BHYTPh METJIN U HETTOCPEACTBEHHO Y4aCTBYIOT
B cBa3biBaHuy Ca’*. Eciu nepeiiTu oT IJIOCKOCTHOTO
n300pakeHus eTIu (JieBast 4acTb puc. 3) K ee mpocT-
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Puc. 2. Cxema ctpoeHusi aByx Ca-CBS3blBaOLLMX
LleHTpoB napBasbOyMunHa.Ha neBoi 4actn pucyHka
NoKasaH X0 NoAMNENTUAHOM uenun ¢ 0603HaYEHNEM
HOMEPOB aMUHOKUCNIOTHbIX ocTaTkoB. CTpenkamu ¢
3arnaBHbIM OyKBaMK NaTUHCKOro andasnta 0603Ha-
YeHbl 0-cnupasbHble y4acTku. [1ga okTasgpa B LIEHT-
pe netesb M306paxalT KOopANHALMOHHBLIE cdhepbl
MIOHOB Kanbums (no [4] ¢ usmeHeHnamm)

I'YCEB H.5. BHYTPUKJIETOYHbIE Ca-CBA3bIBAIOWWUE BEJIKWU. Yactb 1. Knaccudmkaums n ctpyktypa

Puc. 3. Cxema ctpoeHus Ca-CBa3biBaOLLMX NETENb.
CneBa — pBymepHoe nsobpaxeHue Ca-cBasbiBalo-
wer netnu. MNMokasaHbl ABE -Cnnpanu, orpaHnymnBa-
owme netno ¢ N- n C-koHLoB. 3arnaBHbiMy GykBamm
natmHckoro andasuTa U CTpenkamu, NoBePHYTbIMU
BHYTPb NETIN, 0603Ha4YEHbI aMUHOKMCIIOTHBIE OCTaT-
K1, HEMOCPEeACTBEHHO BOBJIEYEHHbLIE B CBA3bIBAHNE
Ca®* (octatkun 1, 3, 5,7, 91 12). Cnpasa — ynpoLieH-
Hasi NPOCTPaHCTBEHHasi CcTpykTypa Ca-cBsA3biBalo-
el netnn. XXMpHbIMU IMHUSIMW BblAENEH X0, Non-
nenTuaHom uenu. 3arnaBHbIMU GyKBamMmM JTATUHCKOTO
andaBnTa 0003Ha4YEHbI BEPLUNHBI OKTasapa

paHCTBEHHOU Monenu (rpaBasi yacTh puc. 3), To oka-
JKETCS, UTO TIOJUTIECTITUAHAS 1IeTTh 00pa3yeT MOYUTH Ipa-
BWIbHBIN OKTasap (IBe YeThIpeXrpaHHbIe TTUPAMUIIbI,
COeIMHEHHbIE CBOMMU OCHOBaHUsIMU). B BepimHax X,
Y, Z, -Y, -X u -Z pacrnionaralorcsi COOTBETCTBEHHO 1, 3,
5, 7,9 u 12-i1 aMMHOKUCIOTHBIE OCTaTKM eTiu. Kanb-
1M1 OKa3bIBaeTCs B LIEHTPE OKTad/pa, a MOJUIIENTHI-
Hasl [IeTTb 00BOpauYMBaETCsI BOKPYT 3TOr0 MOHA U 3a CUET
aTOMOB KUCJIOpO/a, TPUHAJIeXKAIINX JIUTaHIaM, pac-
TTOJIOKEHHBIM B BepIIMHAX OKTad/Ipa, YIepKUBaeT MOH
KaJIbLIMSI B MPAaBWJIBHOM MosioxkeHUur. OcTalbHbIE OC-
TaTKU TETJIU XOTh U HE YJaCTBYIOT HEMOCPEJACTBEHHO B
cBasbiBaHuy Ca’’, Takke MrpaloT BaxHylo ponib. Ha-
npuMep, IojoxeHus 8 u 10 yacto 3aHUMAIOT TUIPO-
¢GoOHbBIE OCTAaTKM. DTU OCTATKM KaK Obl 3KpaHUPYIOT
HaxOIIIMICS BHYTPU OKTa3Ipa KaJbLIM OT MOJIEKYJI
Bozbl. OCTaTKY TIMIIMHA, 3a4aCTYIO PACTIONIOKEHHBIE B
MOJIOXEeHUIX 4 U 6, mpuaalT IeTie OOJbIIyI0 THb-
KOCTb, CTOJIb BaXKHYIO Ha HayaJbHBIX 3Tarnax Aeruapa-
TalMy MOHOB Kayblivsl. TaKUM 00pa3oM, KaXablii aMu-
HOKMCJIOTHBI OCTaTOK 12-4JIeHHOW TeTJM WrpaeT
OTpeIeICHHYIO POJIb JIMOO B CBA3bIBAHUM KaJIbIIUSI, TN~
00 B MOJIEPXKaHUU CTPYKTYPHI TOJUTIENITUAHOMN LETH.
HMMeHHO TTo3ToMy TIpu BceM pazHoobpasuu Ca-cBsI3bl-
BarolIve MmeTin pa3ntuuHbix Ca-CcBI3bIBAIOIINUX OEIKOB,
MpUHaIIeXamux K ceMeicTBy 6enkoB EF-pyku, ynm-
BUTEJIBHO ITOXOXM MEXITY CO00M. AHAIM3UPYS ITepBUY-
HYIO CTPYKTYpy Oejika (TO eCTh MOoC/ie0BaTeIbHOCTh
aMUHOKUCJIOT B TIOJUIIENTUAHON 11eT1) U CpaBHUBAs
ee ¢ KOHCEpBATUBHOM IMOCIIEIOBATEIbHOCTBIO, XapaK-
TepHoii w11 Ca-CBs3bIBalOIIEl METJIM, MOXHO IIpel-
ckazaTb Haimuue Ca-CBSI3bIBAIOIIMX YYACTKOB B CTPYK-
Type 6enka.

Kak YK€ OTME€4YaJIOCh, MHOI'MEC TUTAaHObI, Y4aCTBYIO-
e B CBA3BIBAHUM KaJblUsA, HECYT OTpI/IL[aTCHBHbIﬁ
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3apsia. DTo B TIEPBYIO ovepeb KacaeTcsl KapOOKCUITb-
HBIX TPYI TJIYyTAMMHOBOM W acraparmHOBOM KHCJIOT.
O4YeBUIHO, YTO MPU OTCYTCTBUU KaJIbIIMsI OTPULIATETb-
HO 3apsiKeHHbIe rpynibl Ca-cBsi3bIBalOIIEH MEeTIU U3-
3a 3JIEKTPOCTAaTUYECKOTO OTTATKUBAHUSI HE MOTYT ObITh
COIMKEHBI APYT C APYTOM U BCS TIETIISI MIMeeT OoJiee OT-
KPBITYIO, PBIXJIYIO CTPYKTYpY. B Tipoliiecce cBsi3pIBaHMS
Ca’>* Bce nmranabl Ca-cBA3LIBAOILEH METIM COMMXKA-
IOTCS MeXIy cO00i U MeTJIs TpuoopeTaeT 0ojiee KOM-
MMaKTHYIO CTPYKTYpY. Ca-CBA3BIBAIOIIE TTETIN CITIOCO0-
HBI CBSI3BIBATb M MOHBI MarHusi, OMHAKO MPaKTUYECKU
BCerma MPOYHOCTh CBA3bIBaHMA Mg?* Bo MHOro pas
MEHBIIIE MPOYHOCTU cBa3biBaHus Ca’”. PasMepsl noHa
maramst (0,65 A) 3amerHO MeHblne pa3mepoB MOHa
kaneuus (0,99 A). Takum 06pa3om, 4TOOBI yaepxKaThb
MOHBI MarHusi, HEOOXONMMO 3aMETHO CUJIbHEe COIU-
3UTb MEXKJ1y COOO0I OTPUIIATEIHHO 3apSKEHHbIE TPYTIITBI
KaTUOHCBSI3bIBAIOIICH TEeTJIM, YTO OKa3bIBaeTCS O-
BOJIbHO 3aTPYIHUTEIbHBIM M3-3a 3JEKTPOCTATUIECKO-
ro OTTaJIKMBaHUs. BO3MOXHO, UIMEHHO MMO3TOMY KaTH-
OHCBSI3LIBAIONIME LIEHTPLI OEJIKOB CBA3bIBalOT Mg”* ¢
3aMETHO MEHBIIMM CPOACTBOM, ueM Ca’".

Urax, ceaspiBanue Ca’>* mim Mg BHYTpM KaTMoH-
CBSI3BIBAIOILCH TMETIN NOKHO MPUBOAMTH K U3MEHe-
HUIO OpPUEHTAIlMM aMWHOKMCIIOT, PacIoJIOXXEHHBIX B
BepIIMHAX OKTasdApa. DTO UBMEHEHUE OPUEHTAIIMU He-
MUWHYEMO BeJIeT K U3BMEHEHUIO MOJIOKEHUST O -CITUPasib-
HBIX YYaCTKOB, pacmnoyioxkeHHbIX ¢ N- 1 C-koH1ioB Ca-
cBsa3biBatomeit et (puc. 3). [1pu aTom Manbie U3Me-
HEHUs B OpMEHTAllMM OCTaTKOB BHYTpU Ca-CBsI3bIBaIO-
1Iei TIeTJIM MOTYT TPUBOAUTD K OOJIBILIUM U3MEHEHUSIM
B PacToOJIOXEHUU O -CITUPATbHBIX YYaCTKOB. DTO SIBJIe-
HHeE 4acTo Ha3bIBaloT 3 deKkToM noMuHo. Eciau B psimy
MOCTaBJIEHHBIX OJIM3KO APYT OT APYyra B BEPTUKATLHOM
MOJIOXXEHUM KOCTSIIEK JOMUHO KauHYTh MEePBYIO KOC-
TSIIIKY, TO YIaaeT Bech psia. JpyrumMu cioBamu, Majible
M3MEHEHMSI B CTPYKTYPE OMHOTO M3 KOHIIOB IMTPUBOMISAT K
rJ100a7TbHBIM U3MEHEHUSIM CTPYKTYPhI BCEX KOCTSIIIIEeK
JTOMUHO, CTOSIIIUX B psiay. TaAKUM oOpa3oM, Majbie 13-
MEHEHUSI B CTPYKTYpe KaTUOHCBS3BIBAIOILIEH METIIH,
MPOUCXOASAIINE MTPU cBA3biBaHuK Ca’*, MOryT npuBo-
JIUTh K CYIIECTBEHHBIM UBMEHEHUSIM B CTPYKTYpPE BCETO
Oesika. UMEHHO 9TO SIBJIEHUE JIEXUT B OCHOBE CITOCO0-
Hoctu Ca-CBSI3bIBAIOIIMX OEJIKOB PEryJiupoBaTb MHO-
T MPOIIECChI, TPOUCXOSIINE B KIETKE.

Ml 10BOJIBHO TTOAPOOHO pazodpaiu cTpykTypy Ca-
CBSI3BIBAIOIIEN TIETAW U TIOJYYWJIM HEKOTOPBIE Tpem-
CTaBJIEHUs O TOM, KaK MOHbI Ca’* CcBA3BIBAIOTCA ONU-
HouHbIM Ca-CBSI3bIBAIOIIMM IIeHTpOM. B Hacrosiiee
BpeMsi He OOHapyXeHO OeJIKOB, comepXkalluxX TOJbKO
ongHy Ca-CBsI3bIBaIoONIyIO ITeT/I0. Bo3aMoxHOo, 3T0 00yC-
JIOBJIEHO T€M, YTO B M30JMPOBAHHOM COCTOSIHUM 3Ta
CTPYKTypa HeIOoCTaTOYHO ycroitumBa. Kak mpaBuio,
Ca-cBsI3bIBalOIIME YYAaCTKU O0Opa3yloT CBOeOOpa3HbIe
mapsl, py 3ToM onuH Ca-CBS3bIBAIONIUI IIEHTP Kak
OBl CTAOUIU3UPYET CTPYKTYPY Apyroro Ca-cBsI3bIBalo-
LIEro LIEHTpa. DTO TOBOJBLHO XOPOILIO BUIHO Ha pucC. 2,
TIIe TIOJIUTIENITUIHbBIE 1ieTn IByX Ca-CBSI3bIBAOIINX T1e-
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TeJb WAYT AHTUIAPAIEIbHO IPYT IPYTY, COMVKEHBI
MeXIy cobolt 1 CTaOMIM3UPYIOTCA 3a CUeT 0Opa3oBa-
HUS CepUU BOIOPOMHEIX cBsi3elt. [IpoaHanu3upyem 60-
Jiee TIOMPOOHO CTPYKTYpPY HEKOTOpbIX Ca-CBs3bIBalO-
KX OETKOB M PAacCMOTPUM HEKOTOpbIe (DYHKIIUU,
BBITIOJTHSIEMbIE 3TUMHU OeJTKaMU B KIIETKE.

MEPAPXUSA Ca-CBA3bIBAIOLWNX BEJNIKOB
CEMEUCTBA EF-PYKM

B nacrosiee Bpems: onucanbl Ca-CBSI3bIBalOIINE
0eJIKM, cofiepKalllie B CBOEH CTPYKTYpe OT ABYX IO IiIe-
ctu Ca-cBs3biBaloniux 1eHTpoB (Tabdna. 1). Pazmenum
Ca-cBsi3bIBatolye OeJIKMA Ha TPYIIIBI B 3aBUCUMOCTH OT
KOJIMYECTBA KATMOHCBSI3BIBAIOIIMX LICHTPOB B ITOJIM-
NEenTUAHOM LIETN.

Cpenu 6e1KOB, COepXKallliX B CBOEH CTPYKTYpe IBa
EF-uenTpa, HauboJiee MpOCTHIM SIBJISIETCSI HU3KOMOJIE-
KYJISIpHBII G€JIOK KUIIIeYHWKA, Ha3BAaHHbBIM KaJIbOMHIV -
HOM (pycckas Kayibka ¢ aHrI. calbindin, 4ro o3HavyaeT
Ca-cBsa3bIBaonuii). 3to MoOHOMepHBIiT Ca-CBSI3bIBaIO-
1M 6eNoK, comepxkaiiuii 1a Ca-CBSI3bIBAIOIIMX yYaCT-
ka. CHHTe3 3TOoro 0ejiKa aKTUBUpPYETCs oM JeiicTBUEM
BuTaMuHa D, 1Mo3ToMy MHOrAa KaJbOUHAMH Ha3biBa-
10T BUTaMUH- D-UHIYIMpYyeMbIM O€JTKOM KUIIICUHUKA.
DTOT 6eNoK, IO BCeil BUAMMOCTHU, OTBEYaeT 3a copo-
LIMIO KaJIbllMs B TOHKOM KMIIIEYHUKE W 332 TPAHCIOPT
Ca** BHYTpb KJIeTKH. HecKombKo 6oJtee CII0KHO YCTPO-
€HBl MHOTOYMCIIEHHBIE ¥ pa3HOOOpa3HbIe OEJIKU, OTHO-
csaimecs K ceMmeiictBy 6enkoB S-100 (cm. Tabi. 1). Kak
MPpaBUJIO, 3TO TUMEPHbBIE OeIKU, coaepKalllue IBe OM-
HaKOBbIE€ WJIM Pa3Hble MOJUTIENTUIHBIC e, KaXaas
13 KOTOpBIX MeeT aBa Ca-CBA3BIBAIOIINX yYacTKa TUTIA
EF-pyku (cM. Tab. 1). D1t 6e1Ku 0OHApyKEHBI B 11~
TOIJIa3Me Pa3IMYHbIX KJIETOK (HeMpPOHbI, KIETKU TJIUH,
SMUTENANbHBIE KJIETKW, CeplaevyHas U CKeJeTHas
MBIIIIIIA, TUTALIEHTa), a TAKKe BO BHEKJIETOUHOM TIPOCT-
paHcTBe. @YHKIIUY 3THUX OEJIKOB CTOJIb XK€ pa3HO00pa3-
HbI, KaK U uX pacnpoctpaHeHue. benku cemeiicta S-
100 yyacTBYIOT B PeTy/IsILIMM aKTUBHOCTH MHOTHX hep-
MEHTOB, PETYJUPYIOT COOPKY U pa3bopKy 3JIEMEHTOB
HuTockesaeTa (MUKPOTpYyOOUeK, MPOMEXYTOUHBIX (hU-
JIAMEHTOB, HUTEI aKTUHA), MOTYT Yy4acTBOBaTh B MpO-
1eccax 3K30- M BHIOLMTO3a, BHICTYNAThb B KauyecTBE
cBoeoOpa3HbIX (hakTopoB pocTa. [Ipeamnonaraercs, 4To
M3MEHEHMe YPOBHSI COEPXKAHUSI OTUX OEJIKOB B KJIETKE
MOXeT MPUBOIUTH K TAKUM TSIKEJIbIM 3a00JIeBaHUSIM,
Kak KapJAMOMUOIIaTus, Ticopuas u 00e3Hb AJbLrei-
Mepa. 3T0KauyeCTBeHHbIEC TIepepPOKICHNS TKaHel 3ada-
CTYIO COIIPOBOXIAIOTCSI M30BLITOYHBIM CHMHTE30M Oe-
koB cemeiictBa S-100, mosTomMy 3TH O€JIKU MOTYT
HCTIOJIb30BaThCsl B KaueCTBe OMOXMMUYECKUX MapKe-
POB BO3HUKHOBEHMS OITyXOJIEHA.

K rpymirie 6e1K0B, ColepXalllux B CBOEU CTPYKType
Tpu Ca-CBSI3bIBAIOIINX YYacTKa, OTHOCSITCSl MapBalib-
OYMUHBI, OHKOMOIYJTMH W akBeopuH. Kak mpasuio, y
9TuX 0eJKoB oguH u3 EF-1IeHTpoB moTepsii crnocoo-
HOCTb cBsa3bIBaTh Ca?™ (cM. Tabu. 1). DTo 0ObACHSETCH
TEM, 4TO B CTPYKType nepBoit Ca-CBS3bIBAIOIIEH TIETIIN
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Ta6mua 1. Knaccudukamus Ca-cBsi3piBalommx 6ea1KoB*

Ha3zBaHue Jlokanusarust DyHKIMN CrpoeHue
Bbenxu ¢ nsyms EF-uientpamu
Kansounaus (S-100D) KuireyHuk Cop6uus Ca** Ca?’ Ca?'
CemeiictBo S-100, S-100A1 Mosr CB$13b C LIMTOCKEJIETOM

Meracrasun S-100A4 MerTacTasupylonne TKaH!

Kanbrumappusn S-100C Ilagkyie MBILIILBI

®daxrop pocta
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Perynauus cokpaiuenust (?)

&)

$20) 120)

-
&
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&

Benku ¢ tpemst EF-ientpamMn

ITapBanbOyMUHBI 1% 0501100438 Perynsuus cokpaiieHust
9 Q& 6
OHKOMOZYJIMH IinaneHTa, onmyxonu W)
AKBeOpHH KwuiredHomos1ocTHEIE BuomomuHecueHnusa
Bbenku c yetbippeMst EF-1ieHTpaMu
Kansmonynuu IToBcemecTHO MHoroob6pa3Hble Ca? Ca? Ca?! Ca?
Tporonun C CepreuHble U CKeJleTHbIe | Perynsiust cokpalueHust (Ca?) Ca®" Ca?) (Ca?

MBIIIILIBI
PerynsaropHbie gerkue Mbl1iib
LIeTT MMO3WHA
[IlenouHbIe TETKIE MBILILBI

e MMO3UHa

Perynsuus cokpaliiieHust

Perynsauus cokpaieHust

ON®)

ORORC)
ONOR®,

PexoBepuH /BU3MHUH ITanouku u KOIOOUKHU doropeuemniusa a Ca?’
CeTyaTKu
Benxu ¢ wectpio EF-nenTpaMn @ O - - -
Kansounnux 26 xJ1a Kuireynuk Copb6iust Ca**
Kanbperunun Heiiponst ?)

SfORORS

+ o +
* Jlyramu ¢ Ca? BHYTPU OTMEUEHBI YYaCTKU, CIIOCOOHBIE CBSI3bIBATh KAJIbIIUIA, IyTH 0e3 Ca® BHYTPHM 0003HAYAIOT YYaCTKU, MOTEPSIBIIME CIIOCO0-
HOCTb CBSI3BIBATh KAJIBIINIA, KPACHBIC JIMHUY CJIeBa U CIIpaBa OT IyT — Ol -CITMPaIbHBIC YIaCTKH.

MPOU3O0IUIM 3aMEHbl OTPUIATEIBHO 3apsKEHHBIX OC-
TaTKOB TJIYTAMMHOBOM M acmaparkHOBOM KHUCJIOT Ha
HeWTpaTbHble aMUHOKUCIOTHBIE OCTaTKU WA U3MEHU-
nach niuHa Ca-cBsizbiBatoliieid e, bosnblive Konu-
YyecTBa NapBajIbOYMUHOB OOHAPYKEeHBI B OBICTPO COKpa-
LIAOLIMXCS TTOTMEPEYHOITONIOCATHIX MBILIIIAX PA3TAYHbBIX
JKUBOTHBIX. [109TOMY BBICKa3bIBaETCS MPEATTONOXKEHNE,
YTO MapBaILOYMUHBI MOTYT y4acTBOBaTbh B PETYJISIIUU
COKpallleHus1 Mbliil. He nckioyeHo, 4to napBaib0y-
MMHBI YYacTBYIOT B PETYJSIIIMM YPOBHSI CBOOOMHOTO
Ca’" B KJIeTKE 1 BBICTYMAIOT B POJIM CBOeoOpasHoro Ca-
oydepa. DyHKIIMM OHKOMOIYJIMHA OCTAIOTCS TTOKa He
OYEeHb IMOHATHBIMU, HO TPEANOJAaracTcsa, YTO OH Ka-
KHAM-TO 00pa3oM CBsI3aH CO 3JIOKAYeCTBEHHbBIM ITiepe-
poxaeHueM TKaHell. AKBEOpUH OOHapykeH B KJIeTKax
HEKOTOPBIX BUIOB Meny3. [Ipu CBA3BIBAHUMU KaslbLUs
aKBEOPUH MCITyCKAeT CBET. DTO OOYCIOBJIEHO TEM, UTO
Ca’* MHAYUMpYET OKMCJIEHME HU3KOMOJEKY/ISAPHOTO
OPraHMYEeCKOTrO COCIMHEHMS, CBSI3aHHOTO C aKBEOPU-

HOM. DTOT npouecc OKUCICHUA U IMTPUBOJUT K UCITYC-
KaHU1O CBETA.

Ipynna Ca-cBs3bIBaOIINX OEJIKOB, COAepXKallliX B
cBoeil cTpykType ueTbipe Ca-CBS3bIBAIONINX ILIEHTpa,
obwmpHa. K 3Toit rpymnre OTHOCUTCSI Be3aecyluuit
KaJIbMOJYJMH, YYACTBYIOIIUI B PEryIsSIIMU OTPOMHOIO
KOJIMYecTBa pas3lMYHbIX IpoleccoB. TpomoHuH C u
JIETKWE 1T MUO3WHA 00eCTICUNBAIOT PETYJISIINIO CO-
KpaTUTEJIbHON aKTUBHOCTY TOMEPEUYHOTONIOCAThIX U
[JIAAKUX MBI, OTH BBICOKOCIELIMATU3UPOBAHHbBIC
0eJIKM UMEIOT B CBOEM COCTaBe YEThIPe MOTEHIIMATbHbBIX
yuacTka cBsizbiBaHus Ca?*. OnHaKo U3-3a IPOU3O0LLE -
X MYTalliii HEKOTOPBIE U3 3THX YYACTKOB MOTEPSITU
CIOCOOHOCTH CBA3BIBATH Kaibluit (M. Tab. 1). K aToit
ke rpyrne Ca-CBA3bIBaONIMX OEJIKOB OTHOCSTCS PEKO-
BepPUH U BU3MHUH. DTU O€JIKM XapaKTepHBI ISl Majlo-
YeK M KOJOOYEeK CeTYaTKU M UTPaloT BaXHYIO POJIb B
npoteccax (oTopeuenimyu.

I'YCEB H.5. BHYTPUKJIETOYHbIE Ca-CBA3bIBAIOWWUE BEJIKWU. Yactb 1. Knaccudmkaums n ctpyktypa
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Hau6onee cioxHo yctpoeHHble Ca-CBSI3bIBAIONINE
0enKu coiepxaTr B cBoeM cocTtase ecTb EF-1ieHTpoB
(cM. taba. 1). K atoii rpymnie 6eJIKOB OTHOCSTCS BbI-
COKOMOJIEKYJISIDHBIN 0eJIOK KUIIeYHUKa (KaTbOUHANH
26 xJla) v KaJbpeTUHUH, OOHApYKeHHBIN B HEpOHaX.
KanpOouHauH, 1o Bceil BUIMMOCTH, OTBEYAET 3a COpO-
o Ca’* B TOHKOM KuieuHuKe. OYHKIUY KaJlbpeTH-
HUHA JIO CHX MOP OCTAIOTCS] HEAOCTATOUHO MOHSATHBIMU.

IMpuBeneHHbIN Najeko He MOJHbIN mepeyeHb Ca-
CBSI3BIBaIOIINX OeKOB cemelicTBa EF-pyku cBuaeTenn-
CTBYET O TOM, 4TO 3TH OEJIKM pa3HOOOPA3HBI IO CTPOE-
HUIO U CITOCOOHBI BJIMSTHL HA OTPOMHOE KOJUYECTBO
Pa3IMYHBIX TPOLIECCOB, MPOTEKAIOIIMX B KIeTKe. bbutu
MPEANPUHSTHI TIOTBITKU MPOCICIUTh SBOMIOLUI0 pa3-
mmaHbIX Ca-CcBs3bIBaOIIX 0eKoB. BeposTHo, cHava-
Jla BOBHMKJIM O€JKu, comepxKaiiue Tojabko omHy Ca-
CBSI3BIBAIOIIYIO METJI0. DTa CTPYKTypa oKazaniach He-
JIOCTATOYHO YCTOMYUBOM, MIPOU3OIIIO YIBOCHUE T€HA,
KOIWPYIOIIETO TaKylo METI0, M BOZHUKIIN TIPEIIIeCT-
BEHHUKU HbIHE CYIIECTBYIOIIMX KATBOMHANHA 1 OEJTKOB
cemeiictBa S-100. Ha cienyroiem 3Ttare Mpou30IILI0
yIBOeHME (IyTIMKAlMS) reHa, KOMUPOBaBILIETO TaKoi
6esoK ¢ nByMst Ca-CBSI3BIBAIOIIMMHM IIEHTPAMM, U BO3-
HUKIW OeJIKU — TMPEeAIIeCTBEHHUKN KaJbMOMIYJIMHA,
conepxaiue yeTbipe Ca-cBsI3bIBalOIIMX 1IeHTpa. be-
K4, copepxaiue 1mectb EF-11eHTpoB, MO BO3HUK-
HYTb TUOO IMyTeM YTPOCHHUS (TPUILIUKAIIAH ) ICXOTHOTO
reHa, Koguponaniiero 6enok ¢ asymsi EF-uienTpamu,
JI16O TyTeM YIBOEHUSI MOJIOBUHBI TeHa, KOAMPOBaBIIIE-
ro kajgeMonysiuH. HakoHen, Genku, comepxaliue Tpu
EF-1eHTpa, MpoM301ILIn, TT0 BCeil BUMUMOCTH, TTyTEM
VIPOUIEHUS W TIOTEPU YaCTH TeHETUIeCKOi nHpopMa-
1IMU, KOMUPOBaBILIei Oesiku ¢ yeThipbMsi Ca-CcBs3bIBa-
OIIMMU LIeHTpaMu. Helb3s UCKITIOUnTD, YTO OBLIO He-
CKOJIBKO pa3HbIX IyTelt aBomoruy Ca-CBSI3bIBAIONINX
OeJKOoB.

BEJNNIKU-XUMEPbI, COOEPXXALLUUE B CBOEM
COCTABE Ca-CBA3bIBAIOLUUE LLEHTPbI EF-PYKU

Kak cnenmyer u3 ckazaHHoro, cTpykrypa Tumna EF-
pPYKH obecrieurBaeT BbICOKO3Gh(GEeKTUBHOE U crieudu-
yeckoe cBssbiBaHMe Ca’’. DTa CcTpyKTypa SBUJIACh
CTPOUTEIBHBIM OJIOKOM ISl CO3AaHUS OETKOB, €TUHCT-
BEHHOI (YHKIIMEN KOTOPBIX SIBJSIIOTCSI CBSI3bIBAHUE
Ca’* u mepemaya CUrHaja O CBA3BIBAHUM KalbLMA K
npyruMm oenkam-muineHsM. Bosmoxno, EF-pyka oka-
3aJ1ach CTOJIb YIaYHBIM M300peTeHUEM, 4TO MpUpoa
co3jiajia Ha 0a3e 3TOl CTPYKTYPHI HE TOJIbKO CIIe(U-
yeckue Ca-cBsI3bIBaloIIMe OEIKU, HO M MCITOJIb30Bajia
EF-pyKy nst co3naHusi COCTaBHBIX, XMMEPHBIX OETKOB.
B 3TOM citydyae, BeposITHO, TTPOU3OIILIO CIUSHUE ABYX
wiu Oosbliiero yucia reHoB. [1pu a3ToM ovH U3 TeHOB
KOAMpOBaJl 6eJIoK, 00J1agaronInii Kakoi-To hepMeHTa-
TUBHOW aKTUBHOCTBIO WJIM BBHITIOJHSIIONINN KaKyl0-TO
CTPYKTYPHYIO POJib, @ BTOPOi TeH KoarpoBasl Ca-CBI3bI-
BalOLIUiA OeJIOK ¢ ABYMS UM YeThipbMsi Ca-CBSI3bIBaIO-
My neHTpamu. [locse causiHusT Takux TeHOB 00pa3y-
€TCsl XMMEPHbII 0eJoK, (hyHKIIMOHAIbHASI aKTUBHOCTh
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KOTOPOTO HarpsMyIo peryaupyerca nonamu Ca>*. Onu-
CaHO HECKOJIbKO ITPMMEPOB TaKUX XMMEPHEBIX OEIKOB.

depMeHTaTUBHAS AaKTWUBHOCTb BHYTPHMKJIETOUHOMN
npotea3bl ((hpepMeHTa, TUAPOJUIYIOIIETO TENTUIHbIE
CBsI31) KaJbllauHa peryaupyercst uonamu Ca>*. Oka3za-
JIOCh, YTO 3TOT OEJIOK COCTOMT U3 ABYX MOJUTIECHTUIHBIX
ueneit (puc. 4). Tsakenas 1ernb MpeacTapisieT codoil TH-
MUYHBIA XUMEPHBIM OCIOK, COSHMHSIONIMII B CBOEK
CTPYKTYpe aKTHMBHBIN LIEHTP, COOCTBEHHO O0eCIIeurBa-
JOIIMI TUAPOJIN3 MENTUIHBIX CBsI3eii, U yeTbipe EF-py-
KM, CIIOcoOHBIe cBsA3bIBaTh Ca’*. C TsKesI0i1 LienbIo CBsl-
3aHa JierKas LeTb, CojiepKaliiasi B CBOEM COCTaBe YeThIpe
EF-pyku. 1o ob6mieMy cTpoeHUIO 3Ta LIeIb I10X0Xa Ha
KaJIbMOIYJINH WK TporoHWH C, OTHAKO AOBOJIBHO CY-
IIECTBEHHO OTJIMYAETCSI OT HUX 110 CBOEi cTpykType. Ta-
KMM 00pa3oM, B CTPYKTYype KaJbllanHa €CTh BOCEMb I10-
TEHLMATBHBIX LEHTPOB cBa3biBaHus Ca’”.

JpyruM TI00OIBITHEIM ITpuMepoM xumepHoro Ca-
CBSI3BIBAIOLIETO OeJiKa SIBISIETCS O -aKTUHUH. DTO CTPYK-
TYPHBIi 6eJT0K, O0eCcTrieunBalOIUii CIIMBAaHUE HUTEH aK-
TUHA APYT C APYTOM. O-AKTUHMH MPEJCTaBIsIET CO00it
JIMep, COCTOSIIINMI U3 IBYX ONMHAKOBBIX TTOJUTECTITHI -
HBIX Lereil. Ha omHOM KOHIIe Kaxao# 1enu pacmoa-
raeTcsl akTMHCBSI3bIBAIOLINIA LIEHTP, a Ha IPYTOM — JIBa
Ca-cBs3bIBatolnx 1eHTpa. [loaunenTuaHbie Heny o-
aKTMHWHA PacIoJIOXEHbl aHTUTAPAJUIETbHO, TI03TOMY
Ca-cBs3bIBaIONIME LIEHTPBI OJHOM LIEMU KOHTAKTUPYIOT
C aKTUHCBSI3BIBAIOIIMM ILIEHTPOM Apyroi emu (cm.
puc. 4). Beaencteue atoro cpssbiBaHue Ca’* omHUM
MOHOMEPOM BJIMsIET Ha aKTUHCBSI3BIBAIOIIIE CBOMCTBA
JIPYyroro MoHoMmepa O-akThuHMHA. Cpenyu XUMEpHBIX
Ca-cBsI3bIBalOIIMX OEIKOB €CTh MIPOTEeMHKUHA3HI (hep-
MEHTBI, ocyliecTBIsone dhochopuinpoBaHre oenKa

Tsxkenas uenb

SH

AKTUBHbIN
e R AVAVANY,
6 AKTUHCBA3bIBAKOLNNA Nerkas uens
LEeHTp

AKTUH-
CBSI3bIBAIOLLNIA LLEHTP

Puc. 4. Cxema cTpoeHus kanbnavHa (a) u a-akTuHN-
Ha (6). Tsaxxenas uenb KasbnavHa COAEPXNT B CBOEM
COCTaBe aKTUBHbIM LEHTP (OTKPLIThIM TPEYrobHUK) U
yeTbipe Ca-cBasbiBaowme netnn. C TaXenon uenbto
CBfi3aHa nerkas uenb, cogepxailas Takke 4deTbipe
Ca-cBs3blBatoLLMe NeTnu (M306paxeHsbl B BUAE OYr).
a-AKTUHWH npeacTaBnseT cobon romoaumep. Kax-
Obli MOHOMEP MMEET Ha OOHOM KOHLLE aKTUHCBSA3bI-
BaOLLMIA LEeHTP (60NbLIOW LapuK), a Ha APYroM KOH-
ue — nee EF-pykn (aBe oyrun)
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¢ ucnonb3oBaHneM AT®D), a Takke HEKOTOPHIE CTPYK-
TYpHBIE O€JIKH, YIaCTBYIOIINE B CO3MAHMH LIUTOCKEIETa
(cniekTpuH, AUCTPOGUH).

SAKJTIOYEHUE

Ca’* gpygeTcsl OHUM M3 YHUBEPCAILHBIX PETYJIs-
TOPOB MHOTOUYMCJICHHBIX ITPOLIECCOB, IIPOUCXOSIINX B
kierke. CylleCTBYIOT CielIaIbHbIE TPAHCIIOPTHBIC CHU-
CTeMBbl, 00eCIieYnBaroIIre MoAIepKaHue HU3KO KOH-
uenrpauuu Ca’* B uuromnasme. BHyTpu- 1 BHEK/IETOY-
HbI€ CUTHAJIBI MOTYT MPUBOINTh K KPATKOBPEMEHHOMY
yBeJIMYEeHUI0 KoHLeHTpauun Ca’" B xierke. Crenu-
aJbHbIe BHYTPUKJICTOUHbBIE OEJIKM, UMEIOILLKE B CBOEM
cocTaBe XapakTepHylo cTpykTypy tmna EF-pyku, cBsi-
3piBatoT Ca’*. CBsi3pIBaHME KaJbLMS COIPOBOXAAETCS
M3MEHEHMEM TMPOCTPAHCTBEHHOM OPUEHTALIMU OIIpe-
NEeJIEHHBIX TPYIIN OelKa ¥ MPUBOIUT K U3BMEHEHUIO €T0
cBOiCcTB. B 3aBucuMoctu ot koHueHTpauuu Ca’* Kaib-
LIUMICBSI3BIBAONIE OCJKU TO-pPa3HOMY B3aUMOIEMCT-
BYIOT CO CBOMMM OeIKaMU-MMILEHSIMU U PEryJIUpPYIOT
VX aKTUBHOCTb.
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