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IIpenuciioBue

Hacrtoswee u3nanue npexncrasnaser coboil ceAbMyl0 KHHUry Ipo-
AoJikatomeicss cepuH  «buoxumuss MemOpaHn», 3amaueit KOTOpOH
SIBASIETCA  OCBellleHHe COBPEeMEHHOT0 COCTOSIHHS HoBoit o06JiacTH
ecTecTBO3HaHUs — 6noMeMOpaHoJsiorvd. HccienoBanne npoieccoB
MEXKJIETOYHBIX B3aHMOAeHCTBHIl, MEXaHH3MOB, KOTOpble HCIOJIb3Y-
I0TCA KJeTKaMH AJiIi M3MEHEHHSI HHTEHCHBHOCTH H Xapakrepa HX
MeTab0siH3Ma B COOTBETCTBHH C YCJIOBHSIMH cpeAbl, NpHBeJO K 006-
HapYXKEHHIO KaTerOpHH HOBBIX DPEryJsiTOPOB — BTOPHYHBLIX MOCPEJ-
HHKOB HJIH MecceHaXepoB (second messengers). B pojan takux
NOCpeIHHKOB BHICTYNAIOT KaK OHICTPO MeTaboJH3HpYIOLLHE COeIH-
HeHHusl — OUaluMArJIHIepHH, $OChHOHHO3HTHIb], IHK/IHYECKHEe HYKJe-
OTHAB, TaKk H HeMetaboJmsupymoue (ctabuibHble), KOTOphble YII-
paBJsiloT MeTaboJIM3MOM TNOCPEACTBOM H3MeHEeHHsi KOHLUEHTpallHH,
JOCTYNHOH cleu¥asbHBIM 6eJiKaM-MHIIEHSIM.

BTOpHYHBIM MMOCpeHHKOM _ TakKOro. poja siBJisieTcs KaJblLHil.
H3yuyenne crnoco6oB perysisiiHH KOHLUEHTPAUHH HOHH3UPOBAHHOIO
KaJblHA B KJeTKe, BhliCHEHHE MeXaHH3MOB, YNpaBJAIOUIHX €ro
B3aUMOJEHCTBHEM CO CBS3LIBAIOLIHMH ero OeJIKaMH, a TakKXKe Xa-
paktep H crnoco6 TpaHcopMalUHH CHTHAJa OT BTOPHYHOTO MECCEH-
JiKepa Ha HCIOJIHHTEJIbHbI€ MEeXaHH3MBbl KJETKH OTKpbiBaeT MpHH-
LHNHAJBHO HOBble BO3MOXXHOCTH «HAacCTpPOHKH» KJIETOUHOIO MeTa-
6osuaMa.

BbuomMembpanbr 006/1a0a10T YHHKAJbHBIMH BO3MOXKHOCTSAIMH 1J1st
peannsauud Ca-uHAYUHPYEMBIX PeryJsiTOpHHIX MPOLECCOB, BaXXHLIX
JUIL BCeX NPOSABJEHHH KH3HEAeATEJbHOCTH, BKJIOUasi KJIETOYHBIM
LMKJI, IposHpepaunuio TKaHeH, BO3OYAMMOCTb HEPBHBIX W MblLIEY-
HBIX KJIE€TOK H T. I.

bes paccmorpenuss Ca-uyBcTBHTENIBHOCTH MeTabosM3Ma npoG-
JeMaTHka OHOXHMHH MeMOpaH Oblna 6bl HenojHoH. B ueHTpe BHH-
MaHHsi npobyeM, ob6cyXaaeMulX B AAHHOM IOCOOHH, HAXOAATCA
obuiHe MexaHH3Mbl perynasuuu ypoBHs Ca?t+ B knetkax. Kpome
TOro, paccMorpeHo yuactue Ca?t u IpyrHX BTOPHUHBIX MECCEH[-
JKEPOB B peryJisililMH BaKHEHIUHX MPOILLECCOB 2KH3HeIesiTeJIbHOCTH,
cpeau KOTOpHIX TpoMbOooOpa3oBaHHe, COKpAlleHHe M&ILIL, OIJIOAO-
TBOPEHHE, 3K30LHMTO3 M ceKpeuus. [lonyepkuBaercs BaxKHast poJib
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MeM6paH M HHTerpajibHbiIx MeMOpaHHHX OeJIKOB B nepenave H
BOCMIPHSITHH «KaJlbILIUEBOI'O CHTHaJsay.

3HayUTeJbHOE BHHMAaHHe YJAEJIEHO H MeTOAHYECKHM MNoaxoiaaM
K H3YYEeHHI0 MeXaHH3MOB NepepacnpenesieHHss HOHOB KaJlbIlHf MeXK-
Jly BHEKJIETOYHOH CpelOH H IHTONJIa3MOH H BO BHYTPHKJIETOYHOM
npoctpaHcTBe. PaccMoTpeHbl CBOHCTBAa H NpHMeHeHHe B OHOMeM-
6paHoJIOTHH KaJibliMeBulXx HOHOGopoB K Ca-HHAHKATOPOB MJIsA H3Y-
yeHHst 6HoMeM6paH H MeMOpaHHbIX (KaHaJIbHbIX H TPaHCIOPTHHIX)
cTpyKtyp. IlpeacraBneHbl HOBble JaHHble O CTPOEHHH H OCOGEHHO-
CTAX (QYHKLUHOHHDOBAHHA  MeMOpaHHBIX  KaJlblHHNepeHOCALHX
cucieMm, B ToM uuciie Ca-AT®asz, Ca-ceseKTHBHBIX KaHaJjoB u Ca-
nepeHocyHkoB. PakTHUeCKHHl MaTepHaJ, 00600lieHHHH B HacTOA-
L1eM H3JIOXKEHHH, JIONOJNHAET H yrayOJsieT IpeiacTaBJIeHHs, CHCTe-
MaTHYeCKH H3JlaraeMble B npojoJkarouleiica cepud <«bBbHoxHMHA
MeMOpaH».

Kurra Moxer OBbITh MoJiesHa CTyA€HTaM, acnHpaHTaM H MOJO-
ABIM YUeHBIM, ClelHaJH3HpYIIIHMca B o6sacTh MeMOpaHHOH pery-
JALHH MeTabosH3Ma IO CNelHaJIbHOCTAM «OHOXHMHA», «O6HOOH-
3HKa», «OH3HOJIOTHA» H «MOJIEKYJsipHass GHOJIOTHSA».

Astop



Baenenne

Kaavyuidl — onuH u3 HauboJiee pacnpoCTPaHEHHBIX 3JEMEHTOB
XKHBOH MaTepHH. II0 OTHOCHTEJILHOMY COAEpXKaHHIO B OpraHusMe
MJIEKOMHTAIOLIHX OH YCTynaeT JIMIUb BOAOPOAY, YIJepoay, asoTy,
KHCJopoay H HaTpuio. H3 3Toro BhiTeKaer oueBHAHHIH BHIBOJ 06
HCKJIOYHTeJIbHO#t  BaxkHocTH Ca?t B OHOJIOrHYECKHX CHCTeMax.
Caenyer, oqHakKo, MpHHMMaTh BO BHHMaHHe, YTO, BO-NMEepBLIX, NpH-
MepHO 909% Bcero KaJsbLHsl COCPEJOTOYEHO B KOCTHBIX TKAHAX H He
MoxeT ObTb GBICTPO MOGHJIH30BaHO. BO-BTOpHIX, BHYTPHKJETOYHAS
KOHIIEHTpalHs «CBOGOAHOrO», T. €. He aCCOLHHPOBAaHHOro c¢ bOesKa-
MH H HH3KOMOJIEKYJSIpHBIMH BellecTBaMu Ca?t B feCATKH ThICSY
pa3 HuXe KOHUEHTpauu# TakKHX, HanpHMep, KaTHOHOB, Kak KT,
Nat+ uan Mg?*, MiMeHHo Gnaromapsi ype3BbluafiHO HU3KOH KOHIIEHT-
pauyH KaJbLHfi B LIHTON/Ia3Me KJETOK H CYIIEeCTBOBAHHIO BHICOKHX
rpaguentoB Ca?t Ha kJeTOYHBIX MeMOpaHax 3TOT HOH Hrpaer
KAI04€8Yto pOAb B JKH3HENEesITeJIbHOCTH NPaKTHUECKH BCEX XKHBOT-
HBIX H pacTHTEJIbHbIX OPraHH3MOB.

BrnepBble Ha BaKHy10 QYHKUHMIO KaJbLHl KaK BHYTPHKJIETOYHO-
ro peryJisitopa yKasaJli pe3yJibTaTel KJIaCCHUECKHX ONBbITOB aHIJIHH-
ckoro ¢usnonora C. PuHrepa, mokasabliHe, uTO MeXaHHYecKas
aKTHBHOCTb CepJalla pe3KO TOPMO3HTCSl B YCJOBHSIX, KOTAa KaJbllHH
YAanasioT 3 BHellHeH cpeanl. C MOMeHTa 3TOr0 OTKpPBLITHS NPOLLJIO
yxe 100 net, onHako uHTepec ecTtecTBOMcnbiTateseit kK Ca?+ He
TOJIbKO He ocnabeBaet, HO pacreT roa ot roxa. C 1981 r. BeIXOZHT
B CBET CNeLHaJbHbIii MeXIyHapoiHbil XypHan «KneTouHwlit Kanb-
IlHH» — NepHOAHYECKOe Hay4YyHOe H3JaHHe, LEeJHKOM TNOCBALEHHOE
OGnoslornyeckoif (PyHKIHM OTAesbHOro HoHa. [loueMy, HecMoTps Ha
MHOroo6pasHue KaJlblHII3aBUCHMBIX NPOLIECCOB B OpraHU3Max, OKa-
3aJlocb BO3MOXKHBIM OObefHHEHHe cTaTefi B OQHOM XKYypHaJe?
MoxHo 3agath u Gosee OOLIMII BONPOC: HCXOAS H3 KaKHX.CTPYK-
TYPHBIX CBOHICTB MMEHHO KaJblHii B X0JA€ 3BOJIIOLIHH JXHBOH Mare-
puu Obln BHOpaH Ilpuponoli B KauecTBe NMoCpeaHHKA H peryJjsitopa
CaMBlX pa3JHYHHIX QYHKUHH H MeTabOJIHYECKHX PeakUHil KJEeTOK?
B xone mocsenyiomero H3JoXeHHs MBI IOCTapaeMcst AaTh OTBET
Ha 3TH BOMpOCHL.



Kaannun

KaK YHHBepCaJIbHBIN
peryJjaaTop
BHYTPHMKJICTOYHBIX
NpoIEeCCoB

1.1. PacnpeneneHnue Kajblys B OpraHM3Me
U KJIeTKax

Konuentpauusi kajabuusi B kpoBu (10 mr%, nam 2,5 MM) Me-
HsieTcss He Gonee YeM Ha 3% H noajepxKHBaeTcsi B OCHOBHOM C
[IOMOLIbI0 MAapaTrOpMoHa, BHTaMHHA D M THPOKaJbLHUTOHHHA, KO-
Tophle obecneuHBalOT AaACcOpPOLHIO 3TOr0O KaTHOHA KHIIEYHHKOM,
BHIBEJIEHHE W3 OpraHH3Ma HJH OTJIOXeHHe B KocTsiX. OcHOBHas
Macca KaJlblusi COCpelloTOYeHa B KOCTHOM cKeJleTe, KOTOpPbIH CJly-
JKHUT Kak Obl OydepoM Ajsi HOHOB, LHPKYJIHPYIOLIHUX B KPOBOTOKE.
[To kpaiinefi Mepe noOJIOBHHA KaJbliHg B KPOBH cBfisaHa c Oejka-
MH MJ1a3MH, I'IaBHHM 06pas3oM ¢ aaebymurom. Obliee conepanne
Ca?t+ B kJeTKax TKaHed MoxerT jgocturath 10 MMoJab/Kr, T. e.
VpOBHSl, TIpEBHILAIOLIETO0 €ero KOHLEHTPalHI0O BO BHEKJETOYHOMH
JKHAKOCTH. BOnblast ero yuacTh cBsi3aHa BHYTPH KJETOK C pacTBOpH-
MBIMH JHUraHaaMH (HYKJeOTHOaMH, HeopraHHyeCKHM ¢ochaTom,
uuTpaToM, OeJlKaMH, HanpHMep KaJbMOAYJHHOM) H KJETOYHBIMH
MeMOpaHaMHu HJIH aKKyMYyJIMpOBaHa BO BHYTPHKJIETOYHBIX AEIO.

Pasnuualor rpu cocroanus Ca?t g kaerke: 1) Ca?*, noxanauso-
BaHHBIi BHYTPH KJIETOYHHIX OpraHesJ, B TOM YHCJe B CeTH 3HIO-
N/J1a3MaTHuYeCKOTO PeTHKYJyMa, B siApax, MHTOXOHAPHAX, CeKpeTop-
HBIX rpaHyJax, JusocoMax; 2) xenatupoaHHHii Ca?t, T. e. TOT,
KOTOphIll aCCOLHHPOBAH C aHHOHOM HJIH MOJIEKYJIOH LHTOIJIa3Ma-
THueckoro 6esika, 1 3) cBOGOAHBIH, HJIH HOHH3UpOBaHHBIT Ca?t,
HaxoAsIUMiicss B paBHOBECHH C XesJaTHpoBaHHbIM Ca?+t,

HMenno csobodnvui Ca?+ agasercs peayssiTopom pa3Hoobpas-
HblX BHYTPUKNETOYHBIX npoyeccos8. MeToiabl OLEHKH ero KOHIEHT-
pauHn GyAYyT H3JIOXKeHH B rJ. 3.



1.2. bapbepHas pyHKLUHUSA NJ1a3MaTHYECKHX
MemOpaH

B nokosilyHxcsi KJETKax, T. €. B KJETKaxX, He BOCMNPHHSBLIHX
cneyfH(dHYECKOro BHeIIHero CHrHaJja, KOHIEHTpalHs CBOOOLHOro
(HOHH3HPOBAaHHOrO)  KaJbllHA ypespbiyaiHo  Mana — 0,01 —
0,1 Mgmonb/n (MKM); uHHMH caoBaMH, B 1 MkM?3 nutonnasmari-
YeCKOro TIpocTpaHcTBa coaepxkutcss oT 6 no 60 nOHOB KaJsblLHsl.
Bo BHekJeTtouHoit cpene KoHuentpauua Ca?t pocruraer 1,5—
2,5 Mmoab/a. B coorBercTBHH ¢ 3THM: 1) noBepxHocTHas MeMOpa-
Ha KJeTKH (nyiasmaneMMma) obJjlanaer BecbMa HH3KOH NpOHHILae-
MOCTBIO [Jisl KaJlbllusl; 2) B KJeTKe CYLeCTBYIOT CHCTEMBI KaJibIlHe-
BBIX HAacocoB, obnapamoliye BhICOKHM CPOJACTBOM K KaJbUHIO H
BHIBOJSIIIHE, €r0 NPOTHB BHICOKOrO KOHLEHTPALHOHHOIO TpajHeHTa
BO BHEKJIETOUHOE MPOCTPAHCTBO (3TOT NpoOLECC SBJAAETCS 3HEpro-
3aBHCHMBIM); 3) KaJblLHH siBJaseTcsi 3¢p(PeKTHBHHIM peryJsiTopoM
MeTabONIHUECKHX TIIPOLIECCOB BO BceX KJETKax, I[e CYLecTBYIOT
CHCTEMBI, pearHpymwoliue Ha HeOoJsbliine H3MEHEeHHs! KOHIEHTpaiHH
Ca?%+,

Kak npaBuno, MulieHH [Jisi KaJblUsf BHYTPH KJETOK-— 3TO
6e.1kH, crioco6HbHe aKTHBHPOBATLCS NPH H3MEHEHHSX ero KOHLEHT-
pauud B auanasone ot 0,1 no 10 MxMoab/i. B HacTtosimee BpeMs
BLIsIBJIEHO N0 MeHblueit Mepe 100 KanbuuicBA3bIBAIOIIHX O€JKOB,
H CMHCOK HX, NMO-BHAHUMOMY, NAaJieKO He NOJOH. B ux uyHcse Takue
XOpOIIO H3yYeHHble «pacTBOpHMble» GeJKH, KaK LIHPOKO paclpoct-
paHeHHbIi KaabmoOyauH, napgasvbymus  (MBILILB H HepBHas
TKaHb), Kaavyunedpun (Mmosr), Tpononun C (nonepeyHo-noJsioca-
Thle MBILIIbI), MUO3UH. EcTecTBEHHO, YTO BBICOKHM CpPOJICTBOM K
Kanbuuio obnanamotr H pepMeHTH GHOMeMOpaH, ofecneuyHBalollHe
yaaJeHHe 3TOro KaTHOHA H3 BHYTPHKJETOYHOrO NPOCTpaHCTBa.

1.3. Teopusi «BTOpHYHOTrO MECCEHAKEPAY

B 1980 r. I'. Pacmyccen cpopMynupoBan Kowyenyuro, coraacHo
Kotopoii Ca%t BbINONHAET QYHKUHIO ¢8TOPULHOZ0 NOCAARHUKA>, HIH
«B8TOpUYHO20 MmeccenOscepa» («NepBHYHBIA NOCHaHHHK»— 3TO TOp-
MOH, HeHpoMmeauatop, (akKTop pocTa, CBeT, T. e. Jiobo# areHt,
BO3IEHCTBYIOLUHI Ha HApPY>KHYI0O NOBEPXHOCTh KJIETKH H MNepejalo-
IIHHA €H COOTBETCTBYIOLIHH CHTHaJl H3 BHELIHEi cpejHl).

CyTb KOHLENUHH BTOPHYHBIX MECCEHMKEPOB COCTOMT B CJIEAYIO-
meM. JlefictBHe GOJIBIIMHCTBA NMEPBHUHBIX MeCCEHAXKEPOB 06yCJOB-
JICHO HX CBfI3blBaHHEM CO CNeLH(HYECKHMH peLenTopaMH Ha TMo-
BEPXHOCTHHIX MeM6paHax KJeTOK. QPopMHpOBaHHE KOMIJIEKCOB
peuentop—iJaurang obecneyuBaeT mnNpoBeneHHe crenu¢pHYeCKOro
TpaHcMeMOpaHHOrO CHrHazla B KJeTKy OJsaronaps o6pa3oBaHHIO
HIH H3MEHEeHHSIM KOHIIeHTPauUHH BHYTPHKJIETOYHHIX BTOPHYHBIX
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MeccenpxxepoB (Ca?t, UMKJIHYECKHX HYKJIEOTHIOB, JIHALHJIJIHILE-
prHa, HHO3HTTpHC)ochata). Psx BHeKkJIEeTOYHBIX (PAKTOPOB BHI-
3bIBa€T yBeJIHYEHHe KOHUEHTPAllHH LHKJIHYECKOIO aJeHO3HHMOHO-
¢docpara (HAMD), B GoJBILHHCTBE XKe CJAyYyaeB MeXaHH3M Iepe-
Jlayd cHrHaja yepe3 MemOpany obecneyuBaetcsi MeTaboJH3MOM
¢ochoHHO3HTHAOB B MeMOpaHe H YBeJIHUEHHEM BHYTPHKJIETOUYHOMH
KoHueHTpauuu Ca?t,

B mo6oii KJeTKe KOHUEHTpauHs KaJiblHs HENOCTOsIHHA: OHa
MeHsieTcsl 1noj JeHcTBHEM oOmNpeleJsieHHOro cruMyJsa u3BHe. [lpu
3TOM YyBeJIHYeHHe KOHIEHTPAllHH KaJbLIMSl B KJETKe BHI3LIBaeTCs
aKTHBallHeH crnelH(PHYECKHX KaAAbyUeBblx KAHAAO08 B NJaszMajieMMme
HJIH BO BHYTPHKJETOYHHIX MeMmOpanax. Kananel naxomsiTcs B OT-
KPBITOM COCTOSIHHH IO TeX NOp, 1I0K3 He NPeKPaTHTCS aKTHBHPYIO-
1iee BO371eiiCTBHE HJIH He NMPOH30OHAeT «CaMOHHAKTHBAIHUS» KaHaJa.
Baaromapsi BbICOKOMY KOHLEHTPAaIHOHHOMY TIpaJHEHTY HOHBI
Ca?+ u3 cpeabl MOCTYNAIOT B KJETKY, H YPOBeHb KaJbIHA BO BHYT-
PHKJIETOYHOM INpOCTpaHCTBe YyBeJuuHuBaetcs a0 l1—I10 MKmouab/J.
STO NPHBOJAHT K HACHILEHHIO yyacTKOB cBsisniBanusa Ca?t Ha co-
OTBETCTBYIOILHX IHTONJNIa3MaTHYeckux Oeskax. MoaudHUHpOBaH-
Hble KaJblHeM OejKH-peryJisiTopbl CBS3bIBAIOTCA C APYTHMH 6eJKa-
MU-MHIIEHSIMH H aKTHBHPYIOT pasJjiHuHble pepMeHTaTHBHHeE Ipollec-
col. [Ilocne npekpalueHHsi JEeHCTBHSI BHeLIHEro CHrHajJa CHCTEMBI
KaJIbHeBHIX HaCOCOB MNOHHXKAIOT KOHIEHTPAaUHIO KaJjbllHs B IHTO-
nJasMme J0 HCXOAHOIO YPOBHSl H NMOATOTaBJHBAIOT KJETKY K BOCIPH-
STHIO HOBOro cHrHaJsa. HanboJsee sipkuii npuMep TaKoii mocJiefoBa-
TeJIbHOCTH COGBITHII — 3TO LHKJHYeckoe nepepacnpenesnenHe Ca?t
B Cokpalaloueiicsi Kietke cepaua (cM. rJa. 6).

Kanrvyuili — eOuncTeennbll ynusepcanbrslyi 8TOPUYHbLLE MecCeH-
Osicep KAETOK JUBOTHbIX W pacTerudl. JIpyrue BTOPHYHbIE MECCEHJ-
- xepol — HAM®, uHO3HTTPHCPOC)AT H AHAUMITIHUEPHH — HYHKILH-
OHHpYIOT, Mo Bcelt BHAHMOCTH, MPEHMYIIECTBEHHO B KJeTKax XKH-
BoTHbIX. HaunGosiee pacnpocrtpaHeHHBM - peuentopoM aas Ca?t B
60JbLIHHCTBE KJIETOK SIBJASIETCA HH3KOMOJIEKYJSpHBIH O6€JIOK Ka/ab-
MmoO0yarun (Km). 3TtoT GesIoK He mpeTepnes CyLleCTBEHHHIX H3Me-
HeHHH B XOJe 3BOJIIOLHH, NO3TOMYy (H3HKO-XHMHYECKHe CBOHCTBA
KM, BBHJIeJIeHHOr0 H3 pa3HbIX HCTOYHHKOB, NPAaKTHYECKH HAEHTHY-
Hel. Kasbmoaysun conep:kut yerbipe Ca-cBSI3HIBAIOLIHX yyacTkKa €
KoHcTtaHTaMu auccounanun (Kd) ot 4 no 20 mxM. B pesyabrate
cBs3biBaHuss Ca?t  mnpoHcXoAMT H3MeHeHHe KOH(popMauuu 6eska
(cm. pa3n. 2.2) u ero akrtuBauus. Ilocsne storo koMniaekc Km—
Ca?* cBszbiBaeTcd ¢ OeJIKaMH-MHIUEHSIMH, B TOM 4YHcae MeMOpaH-
HBIMH, cTumysupys (apennnatuukaasza, Ca-ATdasw niasmaTHye-
cKofi MeM6paHul, kHHa3a Qocdopunasns, pochonunasza Az, tAMO-
¢docdhonuscrepaza) uaH uneubupys (15-okcunpocrarjsaHIHHAETH]-
poreHasa, IJIHKOF€HCHHTeTa3a) HX aKTHBHOCTb.

B nocaennue roanl HabJI0aeTcsi NOBBILIEHHBIH HHTepec K AHa-
LUHITJIHIEPHHY, HHO3HTTpHChOchaTty u nporemHkunaze C. OH BO3-
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HHUK Tocjle TOro, Kak Oblio o6Hapy»KeHo, uto ¢opboJioBrie 3(HpHI,
KOTOpBle cNOocOOGCTBYIOT Pa3BHTHIO ONyXoJieH M BJIHAIOT Ha LeJbli
PAL peakuHuH, CBA3aHHBIX ¢ NMpoJHdepauueit H AHdGepeHLHALHEH
KJIETOK, HCIOJB3YIOT B KayecTBe MHLIEHH HeKylo (¢ocdonunuaza-
BHCHMYIO nporeHHKHHa3y. CpoacTBo HauboJiee akTHBHOro ¢op6o-
JoBoro 3¢pupa— TPA (pHc. 1) K npoTeHHKHHa3e Ype3BbIYaiiHO
BHICOKO: 3HayeHHS COOTBETCTBYIO-

IUHX KOHCTAHT JHCCOLHALIHH KOMII-
Jiekca pocruraroTt 60 nM.
Penentop ¢op6oJsioBrix 3¢HpPOB
/C
0/

obHapyX)eH BO BCeX HCCJeNOBaH-
HBIX TKaHfiX JHBOTHHIX. Ero Kos-
LeHTpauusa HauboJsiee BbHICOKa B
MO3ry, KHIUEYHHKE H ceJie3eHKe.
®op6oJioBeie 3¢HPH CBA3LIBAIOTCSH

CO BCeMH MeMOpaHHBIMH (ppaKuHs-

MH (NpeHMYLIECTBEHHO C MHKpOCO-
MaJibHO#), HO He B3aHMOAEHCTBY-

IOT ¢ KOMIIOHEHTaMH 1LHTO304. M3
3TOro, OZAHaKoO, He cJenyeT, YTO pe-
LEeNnTOpHl 3THX 3)HPOB OTCYTCTBYIOT

B L[HTO30J1e. ¥CTaHOBJEHO, YTO pe-
yentop cywecrsyer 8 0syx dop-
Max: pacTBOpHMOHi H MeMO6paHo-
CBSI3aHHOM, ero nepexoj Bo Bropylo HiC
¢dopMy ocyliecTBJsieTC N0J BO3-
neficteueM Ca?t u KHcabix ¢ocdo- CH,0H
nununos. Baxuocte 3TOro Habmo- , - Crpykrypa HamGonee -ax-
JeHHs TPYAHO mepeoueHHTb. JleH- 1ypyoro dop6onosoro spupa—12-o-
CTBHTEJIbHO, €CJIH B KJIETKE NPOHC- TeTpamekarounadopboi-13-auerara
XOOSAT nepHoanyeckne H3MeHeHHsT (TPA)

KoHueHTpauuu Ca?t, 10 3TOT pe-

LenTop, NMPOABJSIOIIHNA NPOTEMHKHHA3HYI0 aKTHBHOCTb, MOXET OKa-
3LIBaTh pe2yafaTopHoe go3delicTeue Ha (epmenTs. membpar 3a cyer
ux gocgopusuposarus. _

Peuentop ¢op6osoBeix 3s¢pupoB— Ca-akTuBupyeMas, ¢ocdo-
JIMNIHA3aBHCHMAas NpPOTEHHKHHa3a Obljla Ha3BaHa nNPOTEUHKUHA30U
C (Y. Takai et al., 1979). Ouna aktuBupyercs Ca?t, dpocdaruan-
cepHHOM, ¢opOOJOBLIMA 3dHpaMH H 1, 2-AHaUHIATIHUEPHHOM (MpH-
YeM MOHO- H TPHALHJATJIHIEPHAB HeaKTHBHHI). JlHaUMJIrJHIEDHH
o6pa3syeTcss M3 HHO3HTOJBHHIX (ochoJHNHAOB (pHC. 2); OH CNOCO-
6eH akTHBHpOBaTb NMpoTeHMHKHHa3y B otcyrcTBHe Ca?t., Haxopsich
B cpese BMecte ¢ Ca?t, nHalHArJIHUEDHH YCHIMBaeT ero jeicrsBHe
Ha NpOTeHHKHHa3y, NoBblllas, kak ¢op6oJioBrie 3(pHPH, CPOACTBO
¢epmenra k Ca2+,

[Ipepnonaraior, yto nporenHkHHasa C -— MHIIEHb IJS MHOTHX
ropMoHOB, (aKTOpoB pocTa H APYTrHX CTHMYJIOB, BBI3BLIBAIOULHX
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H3MEHEHHI B KJeTKe NyTeM MOAYJSIHH NpeBpalleHHH HHO3HTOJb-
HEIX (ocoNHNHIOB.

Han6osee pacnpocTpaHeHHHH HHO3HTCOAEpKaIuHi ¢pocdosn-
A — ¢ochaTudusruHO3uT—CONEPNRHT MUOUHO3UT, NIPHCOEIHHEHHBIH
K ¢pochaty pochaTHAHOR KHCIOTH yepe3 IHOPOKCHJbLHYIO TIpynmny
B 1-M nosioxkenuu. Ilpu nocjenoBatesJbHOM NPHCOEAHHEHHH K HEMY
IByX ¢ochaTHBHIX OCTATKOB, KaTaJH3HPYEMOM COOTBETCTBYIOLHMH
KHHa3aMH, obGpa3yercs ¢ocpaTuauanno3ur-4, 5-6uchocpar (pHc.
2). 'unpponus ¢ochatuauaunosnt-4, 5-6uchochara KaraausHpyer
ocobasi ¢ochoauscrepaza tHna Ppochonunasst C. 10T PepMeHT
aKTHBHpYETCSl NPH CBSI3BIBAHHH PELENTOPOB KJETKH C pa3JIHYHbIMH
ropMOHaMH H HeHpoMeaHaTOpaMH (HanpuMep, KaTexoJlaMHHaMH).
IlponykramMu pacuennenuss  $ochaTHIHIHHO3UT-4,5-6HcdocdaTa
SIBJIAIOTCA 1Ba KJIIOYEBLHIX BTOPHYHBIX MECCEHJAXKepa — UHO3UTTPUC-
¢ocpar  (unosur-1, 4, 5-rpuchochar, H®P3) wu Juayureruyepun.

Hnosurtpucpocdar Bhi3bIBaeT MOOGHIH3ALHIO BHYTPHKJIETOYHO-
ro Ca?+ B pa3nHyHHX OpraHax H TKaHfix (cMm. pasn. 6.3 u 7.1),
a JHALUMJTJIHLEepHH aKTHBH3HpyeT mnpoteHHKHHa3y C. AkTHBHpoO-
BaHHasi nporenHkHHa3a C BcrpaHBaeTcss B MeMOpaHbl H ¢ocdopH-
JHpYeT pasjinyHble MeMOpaHHbBle GeJIKH-MHIUEHH. YBeJHYeHHe KOH-
LeHTpauuH BHYTpHKJAeToyHoro Ca?+, o6pa3oBaHHe KOMILJIEKcA
Km — Ca?t u ¢pochopunupoBaine cOOTBEeTCTBYIOILHX OesnKoB obec-
NeyHBaIOT crnenH@HYecKHe OTBETHl KJIETOK.

Cucremy ob6MeHa ¢ocOHHO3HTHIOB peryJHpYIOT MHOrue ¢ak-
TOpH, 4TO Oo6ecneyHBaeT TOHKYI0 <HAaCTPOHKY» KJETOYHOI'O MeTa-
6osu3ma. Kak OblJI0 yKazaHO BeIlle, aKTHBHPYIOLIHHA 3¢¢deKT nua-
LHJTJHLIEepHHa Ha npoTeHHKHHa3y C ycHauBaercsi moj AeificTBHEM
Ca?t. B nocsenHHe roAnbl noJiyueHsl AaHHbIE O TOM, YTO B peryJs-
uHH MeTabosiu3Ma ¢ocaTHIHIHHOIUTHIOB yyacTByloT I'T@-cana3vbl-
sarouyue b6eaku (G-6eKH)— yHHBepCcaJbHBEE NOCPEIHHKH Nepenayu
BHYTPHKJIETOYHHIX CHTHaJIOB. B ciyyae aneHHsaTUHKIA3bl peryJis-
TOPHBIH KOHTDPOJIb OCYILIeCTBJISIETCA C NMOMOLUbI) CTHMYJIHPYIOUIETO
G-6enka (Gs) u unrubupyowero G-6enka (G;). Ilpeanonararor,
YTO KJEeTOYHEIE pelenToOphl, OTBETCTBeHHBble 32 MoOuau3anuio Ca?t,
B3aHMOAeHcTBYIOT ¢ o0cobbiM  G-6enkom (Gp), aKTHBHPYIOLIHM
¢ocponunazy C u o6pasoBaHHe HHO3HTTpHCPOcaTa U AHALMUIATIH-
uepHHa. 3toT 6esok paboTtaer Mo TAaKOMYy Xe MPHEIHNY, KaK H
G-6enkH, peryJnHpylollHE aKTHBHOCTb ANEHHJATIHKIA3LI.

Caenyer ynomsinyTh, YTO AHMALMJTJIHLEPHH COAEPXKHT, KaK MNpa-
BHJIO, BO BTOPOM IOJIOXXEHHH OCTaTOK apaXHOOHOBOH KHCJOTHL.
O6pasylomasica noxn peificrBuem ¢ocdonunaswt C cBoGosHas apa-
XHIOHOBasi KHCJOTa NpeJcTaBisier coO0H HCXOJAHBIH MaTepHas AJs
CHHTE3a (PH3HOJIOTHYECKH AaKTHBHBIX COeJHHEHHH — npocraziaxiu-
Hos. OmnH, B cBOIO oyepeib, cnOcOOHE 3(}(HEeKTHBHO MOAYJHPO-
BaTb pa3HooOpa3Hble peaKIHH aKTHBHPDOBAHHOH KJIETKH.

EcTecTBeHHO, 4TO KOHIEHTpPaUHs JIO60r0 BTOPHYHOTO MECCEH-
JKepa B KJeTKe He NOCTOSIHHA BO BpeMeHH. BHyTpHKJeTOUHHIt ypo-
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BeHb Ca?t peryaupyercs NpH MOMOILH CHCTEM KaJbIHEBHIX Haco-
COB H KaJIbI[HEBBIX KaHaJoOB. LIHKJIHYHOCTb peryJasiTOpHOro Bo3Jeii-
CTBHS JHaUHUJIJIHLEepHHA obecrneynBaeTcss T€M, YTO OH B NPHCYTCT-
BuH AT® Qochopunnpyerca no ¢ochaTHAHOH KHCJIOTH, H3 KOTO-
poit mon peificrBHeM LIT® pecHHTesnpyercss ¢ocdhaTHAHIHHOIHT

(puc. 3).
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Puc. 3. ®ochonHOIUTHAHKIA 06MEH B KJeTKax

JaHHast cxeMa NpHMeHHMAa TaKXe NS MeTaGonuaMa ronandochaTrOHUNHHOSHTOB, T. e. Npo-
Liecca, cBsizaHuoro ¢ ofpasopaHueM HHO3HTOHcdocdaTa, HHO3uTTpHcdochaTa H Jnp. Ilocnex-
HHe nedochopHANpPYIOTCH ¢ NOMOLLLI0 COOTBeTCTBYIOLHX docdaTaa :



PU3NKO0-XUMHYECKHE
CBOHCTBA KaJbIIUA

B xoje 3BOJIOLHH KaJbliHii cTaj KJIOYeBHIM H YHHBepCaJbHhIM
BTOPHYHBIM MECCEHJKepOM. ITO NMPOH3OLLIO NMOTOMY, YTO JIHIUb TOT
KOMIIOHEHT MOpPCKO# BOABI MOI' CTaTb HOHOM-PEryJsToOpoM IJsi Of-
HOKJIETOYHBIX OPraHH3MOB, BO3HHKILIHX B NepBHYHOM OKeaHe, KOTO-
pHii CyllecTByeT TaM B JOCTATOYHO BLICOKOH KOHIeHTpauuH. Jlei-
CTBHTEJIbHO, TOJBKO B 3TOM cJyuae MoxXeT OHITh o6ecneyeH ero
BLICOKHH IpajHeHT Mo o6e CTOPOHHI KJeToyHofi MeMOpaHh. Bre-
KJETOYHA XHAKOCTb M MNJia3Ma KPOBH HEKOTOPBIX OpraHH3MOB,
HanpuMep Jasrywiku (A. A. Boanwipes, 1986), no cocraBy BecbMa
6nu3kH mopckoil Boje. Ilo3ToMy BO3MOXKHO NpeANOJIOKHTb, HYTO
OCHOBHLIE NPHHLMIB HOHHON PEryJisiiiHH y NepBhIX OJHOKJETOUHHIX
O6biy Ge3 HM3MeHEHHil peaJiH30BaHbl H B MHOTOKJIETOYHHX oOpra-
HH3MaX.

2.1. CtpyKTypa HOHA KaJbLUMH

CyliecTByeT HeCKOJBKO OCHOBHBIX <«KaHAYJATOB» Ha POJb
HOHa — BTOPHYHOro nocpeiHHKa B kJerke. Cynabdar, 6ukapOoHar
H ¢ochar— oueHb KpynmHHe MHOTOATOMHHE AHHOHBHL, 2 aHHOH XJIO-
pa ob6najpaer cpaBHHTEJbHO OOJBLIHM DagHyCcOM H HeceT, K TOMY
e, Bcero oAauH 3apsifi. [103TOMy 3TH aHHOHBI He CNOCOOHHEI K NpOY-
HOMY CBSI3BIBAHHIO C MaKpOMOJIEKyJlaMH, B 4acTHOCTH c OeJKamH.
Kanuit Takke HMeeT OTHOCHTEeJbHO OOJbLIOR HOHHHIL paauyc. Hon
HaTpHs, XoTA H ob6sanaer paaHycoM, OGJH3KHM palHycy HOHa KaJtib-
uus (coorrercrBenHo 0,102 u 0,100 HM NpH KOOpPAHHALHOHHOM YHC-
Jie 6), HO, KaK H HOH KaJius, OJxHO3apsiieH. bBoJsbiine pasmepH
aHHOHOB H €IHHHYHBIH 3apsii y KaJHs W HaTpus, IO-BHAHMOMY,
3aTpYyAHAIT GopMHpPOBaHHE NOCTAaTOYHO MPOYHHX HX cBsi3ed ¢ 6ei-
KOBBIMH JIHTaHJaMH.

Takum ob6pasoM, IIpupona nosxHa OBLJIa OCYLIECTBHTH BHIGOp
ToNbKO MeXnay Ca?+ y Mg?+, Pasauuyus MeXAy 3THMH HOHaMH
cBomfATcA K chaenymooumemy. Hor Kanbuus nmo pasmepaM KpymnHee
MarHusi © HMEHHO II03TOMY eMYy cBoicTBeHHo of6pasoBaHHe 60Jb-
Luero YHcja KOOPAHHALHOHHHX cBf3eHl — npeHMylyectBeHHo 8 ¥ 7,

15



pexe 6 (KOOpAHHALHOHHOE YHCJIO COOTBETCTBYET YHCJY aTOMOB,
CNMOCOGHBIX HEMOCPeACTBEHHO B3aHMOAEHCTBOBATh C JaHHHIM aTo-
MOM 3a cyeT ()OpPMHPOBaHHS JOHOPHO-aKLUENTOPHBIX H HOH-IHIOJb-
HhX cBs3eit). Jlis MarHus xapakTepHO KOOpAHHALHOHHOE yucio 6.
C yueToM KaTHOHHEIX YHCeJ, ONTHMAJbHBIX AJS KaXAOro H3 pac-
CMaTpHBaeMblX JBYXBaJeHTHHIX KaTHOHOB, KaJIbLHH HMeeT Ha
0,04 um 6oabwINi 3¢ peKTHBHBIH paaHyc N0 CPaBHEHHIO C MarHHeM.

Juuna cBsi3u, o6pasyemoit Ca2t npH B3aHMOAEHCTBHH C JIHraH-
IOoM, BapbupyeT B ropasno OoJibliell CTeneHH, yeM IJIHHA CBSI3H,
obpasyemoit Mg?+. Hanpumep, niuHa cBa3n Ca— O MoxeT co-
crapagtb ot 0,23 po 0,26 uMm, a cBasu Mg— O —ot 0,20 nmo
0,21 um. Takum o6pasom, Mg2?+ npeanoyntaer o6pa3oBeiBaTh Ipa-
BHJIbHBIE 1LI€CTHKOODAHHALIHOHHEIE OKTa3JApHYECKHe KOMIJIEKCH CO
CBAI3IMH  BIIOJIHE onpenesieHHo# niHHH, a Ca2?t ¢opMHpyer na-
6ubHblE KOMIJIEKCH ¢ 06oJiee BBICOKHM H H3MEHSIOILIHMCSA KOODAH-
HAalUHOHHBIM YHCJOM H pas3jHyHON JJHHOM cBsideil. Kpome Toro,
Ca?+ B otsimune ot Mg?+ npeanoyHraetT He 0Opa3oBHBAThL CBf3eH
C aTOMaMH a30Ta B cocTaBe 6€JIKOBBIX MOJIEKY.JI.

HoH MarHus He HCNOJBb3yeT HOJIHOCTBIO CBOKW CNOCOOHOCTH K
06pa30BaHHI0 1IEeCTH KOOpPAHMHAllHOHHBIX cBsizefl c OeJIKOM, MoO-
CKOJIBKY 4YacTb HX «pacxogyercsi» Ha B3aHMoJeHCTBHe ¢ BOMOH.
YMeHbllIeHHe YHCIA cBA3eli ¢ 6eJIKOBBLIMH JIHTaHJaMH 3HAYHTEJbHO
yMeHbliaeT HX cpoactBo K Mg?+, B 1o xe Bpemsa Ca?+ umeer
GosblINi 3anac KOOPAHHALHOHHBIX CBsi3efl, H 3TO NO3BOJISIET €MY
OCYILEeCTBJISATh LIECTHKOOPAHHALMOHHYIO cBs3b c OeskoM. HakoHen,
6Jaronapsi OoJplueMy pasmepy H cnocobHOCTH ¢(OpMHpPOBaTh
LiecTb, ceMb H BoceMb cBszell Ca2t MoOxeT NoacTpauBaTbCc INOX
MEHSIIOLLYIOCSl CTPYKTYPY yYacTKa cBsi3niBaHHSl, a Mg2?+ kak 6H 3a-
CTaBJIAET yYaCTOK MOAJAaXHBATbCA MOJA €ro KecTKo JeTepMHHHpO-
BaHHy10 cTpyKTypy. Ciaenyer Takxke oTrMeTHTh, yto Ca?+ cnocobeH
3aMelllaTbCsl B KOMILJIeKce ¢ JuranaoM npuMepHo B 1000 pa3 6Hict-
pee, ueM Mg2+,

BeposiTHO, B CHJIy BCeX M3JIOXKEHHBIX TNPHYHH JXKHBblE CHCTEMH
«H36paJiu» UOH Kaabyus Ha PoAb BTOPUYHOZ0 Meccerdxepa B pe-
ryasuuH Merabosnu3aMma. EcrecTBeHHO, YTO H3JIOXKEeHHEIE BHIIE CO-
obpakeHHs OTHOCHTEJIbHO. BHI6Opa HOHA — BTOPHYHOTO NMOCPEeJHHKA,
OCHOBaHH Ha TOM JOMNYILEHHH, YTO HCCJenoBaTesb, ONHpasicb Ha
HBIHELIHHA ypOBeHb MO3HaHHSA, cnocobeH pellHTb OJIHy H3 MHOro-
yHcJleHHBIX 3arajok Ilpupoanl. B ucTropHH, oiHako, ObLJIO CJHIL-
KOM MHOro CJjyyaeB, KOrja BHelIHe NpHBJIeKaTeJbHble KOHIENUHH
OKa3blBaJIHCh HECOCTOATEJbHBIMH. BrnoJsHe BO3MOXXHO, HampHMep,
yTO BHIGOp BTOpDHYHOTO MecceHAxepa OBl chenaH CcoOBepLIEHHO
ciyyaiiHelM 06pa3oM.



2.2. Cesa3piBanne Ca%* u npyrux KaTHOHOB
C pa3JIMYHBIMH JIMFAHAAMH

HoH Kanbuusi oKa3blBaeT CylleCTBEHHOEe BJHsAHHe Ha CTPYKTYpY
H cTrabuibHOCTL MeMOpaH.

CornacHo coBpeMEHHHBIM. BO33pD€HHSIM JIHIHIHBIH KOMMOHEHT
6noMeMbpaH mnpeacraBiser co0Oi He KOHCepBaTHBHBIH MaTrpHKC
IJI HHTerpaJibHeIX H nepHdepHyeckHx OeJKOB, a OuHAMU4ECKYIO
CTPYKTYPY, B KOTOPOH INOCTOSAHHO NPOHCXOZAT (pa3oBble NMEpexonHl,
CBSI3aHHBlEe, B YaCTHOCTH, C G OPMHPOBaHHEM KAQCTEPOB AUNUOHBLY
Mosexys. B npouecce KjaacTepH3aUHH KHCJABIX GOCHOJHNHOOB H
FaHIVIHO3HAOB AhTHBHO yYyacTBYIOT HOHBI KanbLHs. Ilpeanronaralor,
YTO TaHIJIHO3HABI, NpeacTaBislHe coboit aMpHPHUAbHbIE JHIHIHI,
HTpaIOT ONpelesieHHYI0 pOJib B BOCUPHATHH H Iepefaye CHrHaJsa
yepe3s InJa3MaTHyeckyi MemOpaHy KJjaeTkH. Ilepexox monexyJs ran-
I'THO3HJOB B KJIaCTEPH3HPOBAHHOE COCTOSIHHE 3aBHCHT OT HX KOH-
LeHTpalHH B MeMOpaHe H CYylIeCTBEHHO YCKOpSieTCS B NPHCYTCTBHH
¢dusnonoruyeckux kKonuenrpauuii Ca?+ u Mg2?+, HO He OLHOBaJIeHT-
HbIX KaTHOHOB. CuMTalOT, 4TO KJacrepH3ywoluee pefictBue Ca?+
o0ycJIOBJIEHO CABHIOM . paBHOBECHS NpH OOpaTHMOH acCOLHalHH
KJIaCTepPOB 3a CYET CHHIKEHHSI CHJl 3J1eKTPOCTATHYECKOTO OTTAaJKH-
BaHHS MEXJIY MOJIEKYyJaMH CcaxapoB, BRHICTyNalOUHX H3 MeMOpaHBHI
(G. Tettamanti, M. Masserini, 1987). Takum ob6pasom, Ca2+ urpa-
€T pOJb areHTa, €CULBAIoWe20» UHOUBUOYAAbHbIE AUNUOLL 8 MEM-
6pane.

Cnoco6HOCTb JIHNHAHLIX H 6eJKOBBIX KOMIIOHEHTOB MeMOpaH K
ob6paTHMHIM nepexonaM (B MJOCKOCTH MeMOpaHbl) H3 Heymopsiio-
YeHHOrO COCTOSIHHSI B reTeporenHoe, (POpMHpPOBaHHIO H HCYe3HOBe-
HHIO KJIaCTEPOB HMeeT NMpsMoOe OTHOLUEHHE K mnepenaye HHPopMa-
uuu yepez Mem6pany. CorsacHo onHo#i H3 runore3 (Y. Schiffman,
1982) membpara, 6ydyuyu 8 GKTUBHOM COCTOSHUU U 8 COCTOAHUU
nokos, pasiukaerca cTPpykTypuHo. ToMoreHHoe, HJH cJydyaiHoe,
pacnpeneseHHe MeMODaHHBIX KOMIIOHEHTOB COOTBETCTBYeT TaK Ha-
3nBaeMoMy 6asaabHomy cocTosruto membpanel. Ilox npelicTBHeM
JIMTaHJIOB, BHI3BIBAWOLIHX JaTepaJjibHble nepeMenieHHs (T. e. B IJOC-
KOCTH MeMOpaHbl), MPOHCXOAMT KJacTepyd3alHst MoJjekyJ. ITo co-
OTBETCTBYET CO3JaHHIO ynopsJoyeHHOH MeMOpaHHOH CTPYKTYpH —
OpraHH3aiHH Mo TuUny <«peuetkd». [Ipeanonararor, uto ¢opMHpoO-
BaHHE KJIaCTePOB HJH KOPOTKOXHBYLIHX MHKPOLOMEHOB B MEM-
6pane Moxer obecrneyHBaTh ObICTPHle (PYHKLHOHAJbHBIE OTBETHI
MeM6paHHbIX penentopoB. OnncbiBaeMasi Mojedb YIOBJETBOpH-
TeJbHO OOBsICHAET CJAOXKHBIE OTBeThl KJETKH Ha BHELUHH{ CHrHaJI,
IpeAnoJiaralolHe KOOMepaTHBHEIE B3aHMOAEHCTBHS, HaNpHMeEp
CHTMOHJaJIbHEIE H rHnep6oJHYecKHe 3aBHCHMOCTH OTBETa KJIETKH
OT KOHLEHTpaUHH 3(pPeKTOpOB.

JlaHHas runore3a MOATBEpXKAAeTCH HEKOTOPBIMH 3KCIepHMeH-
TaJbHBIMH JaHHbBIMH, TakK, NpH H3YYEHHH IlleJleBhHIX KOHTAaKTOB B
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HepBHOH TKaHH Kpaba MeTOZOM 3aMOpaXXHBaHHS — CKaJlbIBaHHS
(cMm. pasa. 5.1) ycraHOBJIeHO, YTO HOHBI KaJbLMSl BBI3BIBAIOT arpe-
ranuio BHyTpuMemOpauubix yactuy (C. Peracchia, A. F. Dulhun-
ty, 1976). Ilomemenne obGpasia B pacTBOp C HH3KOH KOHLEHTpa-
uueit Ca?*+ nNpHBOAHT K HapYLIEHHIO YNOpPSAOYEHHOCTH MeMOpaH-
HBbIX KOMIIOHEHTOB.

YnopsaaoyeHHocTh 6MOMeMOpaH NPOSIBJISETCS He TOJbKO B IJIOC-
KocTH OHcJosi, HO H B TpaHcMeMOpaHHOM pacnpeneneHHH ¢oco-
JIMITUAOB pa3JHYHbIX THNOB. UTo 06ycJOBJIHBaeT acCHMMeTpHIO OHO-
MeMmOpaH H B ueM ee (QH3HoJOrHyYeckas 3HauuMocth? B n106HX
KJleTkax cyinectBylor 6osee yem 1000-kpatHble TpaHcMeMOpaHHEIE
KaJbl{HeBble I'pafiHeHTH. B cBsi3H ¢ 3THM BO3HHKJIO NpEATNOJIOKe-
Hue, yto UMenHo Ca?* obecnewusaer acummerpuweckoe pacnpede-
senue aunudos 8 membpannHom 6ucaoe, «NPHTATHBasi» OTpHUATENb-
HO 3apsiKeHHble (QochoaHnuAb, HanpuMmep QochaTHAHJICEPHH, K
TIOBEPXHOCTH IJIa3dMaTHyecKofi MeMOpansbl, o6palleHHO! BO BHEKJe-
ToyHoe mpoctpaHcTBo. C apyroif  cTOpPOHHL, acHMMeTpHsi OHcJOs
Morjia OH NMOAAEpXKHBATbCS HOHAMH KaJlblHS H BO BHYTPHKJIETOY-
HBIX MeMOpaHax. JleficTBHTeNbHO, KapOuOAUNUH — YHCTO MHTOXOH-
JpHAaNbHBIA KHCHABI (ocdonunua, obaapaloiiuii BHICOKHM CpPOACT-
BoM Kk Ca?+ — jokanusyercsi #Ha NOBEPXHOCTH BHYTpeHHell MeMO0-
paHK MHTOXOHApHH, KoTOopasi oOpaiiena B MaTpHKc (J. J. R. Krebs
et al., 1979).

OnHako 3amaHyKMBasi THNOTe3a, NpeAfoJaramuas 3aBHCHMOCTD
pacnpenesieHHst KHCABIX ¢ocdosunuaos B MeMOpaHe OT rpajHeHTa
Ca?+, He moJiyunsa OJHO3HAYHOro NOATBEPXKIEHHS B pALe 3JKCIIe-
PHMEHTOB, BSLINOJHEHHEIX Ha H30JHPOBAHHBIX BHYTPHKJETOYHBIX
MeMmbOpanax. Kpome Toro, B MccneqoBaHHAX JIOKanu3auuu ¢ocdo-
JIMIIHIOB B MeMOpaHe 3pHTPOLHTOB (IPOCTO YCTPOEHHBLIX KJIETOK)
YCTaHOBJIEHO HHOE paclpejesieHHe MOJIeKYJ JHIHAOB: XoAuHcooep-
scauue aunudot (pochaTHAUNXONHH H CHHHIOMHEJHH) JIOKAJH30-
RaJIiChb NPEHMYLIECTBEHHO Ha BHeLIHeH MOBEpXHOCTH MeMOpaHH, a
amunogocgorunuder  (pochatunuicepud u ¢dochaTHAHIITAHOA-
MHH) — Ha BHyTpeHHeill. B To e BpeMs NOKa3aHO, YTo B Npolece
‘CO3aHHsI aCHMMeTPHH Oucsosi MeMOpaHBl IDHTPOLMTOB BOBJEYEH
6esiok — amunogocporunudrpancrokasa. Ilpu 3Tom mepeHoc ¢oc-
(QOJHNHIOB OCYLIECTBJAETCH IHepro3aBUCHMEIM 06pa3oM, B pe3yJib-
Tate ruapoausa AT® crenmansHoli docdatasonr (M. Seigneuret et
al., 1984).

Honnl xanabius cnocobubt B3aHMogAeiicTBoBaTh ¢ (docdaTHAHOM
KHCJIOTOH H H3MEHAITb NpOHHIaeMOCTb MeMOpaH, comepxKalux
3T0T ¢poconunua. Ecsou JHNOCOMBI 3arpy3uTh aHHOHAaMH, HalpH-
Mep cyJsbgaTtoM, To noa neiicrBeM 1—2 MM Ca?+ (Ho we Mg?+)
HabalonaeTcsl YCHJEHHBIH BBIXOJ, aHHOHA B cpeAay, NpHYeM 3TOT
npouecc yaaercsi oOpaTHTh B NPHCYTCTBHH KaJbIHEBOI'O KOMILJIEK-
COHA — 3THJIEHIVIHKOMNb-Ouc- (B-amuuoaTun) N, N’-trerpaanerara
(3I'TA). Takum ob6pa3oM, H3MeHeHHe NPOHHIIAaeMOCTH MeMGpaH,
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cozepxkamux ¢ochaTHIHYI0 KHCJIOTY,— pe3yabtat o0bparumozo
s3aumodelicreusn Ca?+ ¢ membpannbiMU HYy36IpbKaAMU.

Mopupukauus JHNHAHOrO OHCJIOS HeH36E€XKHO OTpa)KaeTcsd Ha
ero npoHuyaemocTu JJis HOHOB KaJjbuus. HanpuMmep, canonunet,
cnelHdHYeCKH B3aHMOXEHCTBYIOIINE C XOJIeCTEpHHOM mJla3maTHye-
cKoil MeMOpaHbl, YBEJIHUHBAIOT CHJY COKpailedHs cepana, yro oly-
CJIOBJIEHO NOBLILLIEHHEM BHYTpHKJeToyHoro ypoHs Ca?+. 3ot
5¢beKT CBSA3aH C BO3AEHCTBHEM CANOHHHOB Ha yNOPSAOYE€HHOCTb
anuabHbiX uenell ¢ocpoaunuac. OnHAKO CAaOHHH He TOJIbBKO YBe-
JIMYHBAeT IaCCHBHHIH TpaHcMeMOpaHHH# nepeHoc Ca?t, HO H CTH-
MYJIHpyeT akTHBHOCTb cHcreMbl Na/Ca-o6MeHa uepe3 capkojeMmy
cepaua (Y. Yamasaki et al., 1987).

Crumyaupyloiiee Bo3neiictBue Ha cucreMy Na/Ca-o6meHa,
ONHCAHHYIO B I'/1. 4, a TakXe Ha Ca-3aBUCHMBI{I NOTEHIHAJ XeHCTBHS
B cepaue okasnBaeT ¢ochonunasza D, pacuenasiomas dpocdonnnu-
Abl ¢ ob6pa3oBaHHeM ¢ochaThaHO KHCAOTH. ClegoBaTe/bHO, H3Me-
HeHHSI CTPYKTYPH H COCTaBa JIHMHAHOro OHCJIOSN NMPHUBOAAT K MOOu-
(hukauul ceolicT8 pa3AudHblx KAAbLUITPAHCROPTUPYIOWUX MeMbpaK-
HbLX CUCTeM.

OnHako OCHOBHYIO QYHKYUIO BTOPULHOZO0 MeCCeHOHepa HOH
KaJbl{Hsl  BBHINOJIHAET, B3aHUMOAEHCTBYS He ¢ JIMOHAHBIM OucioeM
MeMOpaH, a ¢ 6esakamu, B ToM yHcjae mMeMOpannbiMH. Cnucok Ca-
CBSI3LIBAIOIHX O€JKOB pacTeT ¢ KaXXAbIM roxoMm. AHajH3 aMHHO-
KHCJIOTHOHT  NocJeloBaTeNbHOCTH  HeCKOJbKHX Ca-cBsi3bIBalOLIHX
6enkoB (tponoHuHa C, KanbMONYJIHHA, KHHa3bl JIErKHX Leneil MHO-
3HMHa, napBajbOyMHHa H BHTaMHH D-3aBiACHMOro KaJiblHACBSI3blBa-
omero 6esika) BBISIBHJ BBICOKYIO CTeNleHb IOMOJIOTHH HX NEpPBHY-
HOH CTPYKTYpSIL.

3to no3soauio npexanosoxurs (Goodman et al., 1979), wuto
BCe OHH NMPOH3OILLJIH OT OJHOro NpeillleCTBEeHHHKa. B TO ke BpeMs
H3MeHeHHs] 3THX O6eJKOB B MNpolLecce S5BOJIOLKH TNMPOHCXOJHJIH C
OYeHb HH3KOH CKOpOCTBbIO (HmJI KaJbMOAYJHHa BpeMsl HHIYKIIHH
1% Toueynelx Mytauuii cocrtasasijio okoso 400 man. net). Ilpen-
nosiaraloT, YyTo KaXXIblii H3 JaHHBIX OeJKOB CONEepPXKHT Yy4YacToK,
cea3piBaomuii Ca%?t ¢ BHICOKHM CDPOJACTBOM, KOTOpHIi HME€eT CTPYK-
Typy cnupanab— netiiss — cnupann (R. H. Kretzinger, 1976). Iler-
Jsi, obecneynBaloujas cBsi3biBaHHe Ca?+, BkJ4YaeT 12 aMHHOKHC-
JIOTHBIX OCTaTKOB, H3 KOTOpPHX 6 06pa3yioT KOOpAHHAUHOHHBIE
cBsi3n ¢ Ca?t 3a cyeT GOKOBBIX KapOOKCHJIbHBIX HIIH FTHAPOKCHJbHBIX
rpynm.

KanpMonynuu v TponouuH C cnocoOHbl CBA3bIBaTh YEThIpe HOHA
KaJIbllHSA, KHHA32 JIETKHX Lened MHO3HHa — ONHH, apBaJbOYMHH —
nBa. Cessvisanue yeTbipex uOHOB KAAbUUA C KAAbMOOYAUHOM OCY-
L1ecTBJsieTCs IOCTeA0BaTeIbHO H C IOJIOKHTEJNbHOH KOOIepaTHB-
HOCTBIO, T. €. NIPH B3aHMOJEHCTBHH NMEPBOro HOHa KaJbIHA C MoJie-
KyJOH KaJbMoAyauka obJieryaeTcsi CBsi3biBaHHE BTOPOro HOHaA
KaJbllud 3a cueT H3MeHeHHs KoHpopMauuu Oenka. [Ja noJsHo#
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AKTHBAIH KaJbMOJAYJIHHA NOCTAaTOYHO HACHITHTb KaJIbIlHEM TPH H3
yeThpeX y4YacTKOB CBfI3bIBaHHS.

Baaumonefictere Ca?+ ¢ KanbMonysHHoM oGHa)kaeT rHapodob-
HEle YYacTKH, ¢ KOTOPHIMH CBSI3LIBAlOTCSl HHIHOHpYIOLIHE JIHFaHAH,
TakHe, Kak BepamnamuJi, 6oJiplias rpynna (eHOTHa3HHOB, BKJiOYas
1pudTopnepasun (puc. 4, A). Cponctso (peHOTHA3MHOB K KaJbMO-
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Puc. 4. CprKr);{)a HHTHOHTOPOR KaJbMOAYJHHA: TpH-
¢ropnepasnna (A) u kanbmuiaszonws (6)

JIYJHHY LEJIHKOM omnpeneJisieTcsl cTenmeHbi0 HX ruapogobHocTtH. Ha-
HO6oJlee IUHPOKO B GHOXHMHYECKHX HCC/EeIOBAHHAAX MCHOJIb3YIOT
Tpugpropnepasun. Tak KakK yacTb BHYTPHKJIETOYHOrO KaJbMOJYJIHHA
IpOYHO CBs3aHa €O CBOHMH OeJlKaMH-MHLUEHSIMH, OOJIbIIHHCTBO
A4HHBIX O €ro BOBJICYEHHOCTH B T€ HJH HHEe (PH3HOJOrHYecKHe
O1BeTH M MerabosiHuecKHe peaKIHH KJIETKH NOJIVYEHO C IOMOLIbIO
KaJIbMONYJIHHOBEIX HHIHOHTOPOB, B YAaCTHOCTH TpHTOpHEpa3nHa.

K coxkalleHHIO, 10 CHX MOp HeJb3sl YTBEPXKIaTh CO BCei ompeje-
JIEHHOCTbIO, YTO Bce HabJonaeMble 3¢ ¢ekT (peHOTHa3HHOB 0O0y-
CJIOBJIEHB MMEHHO HX CBSI3bIBAHHEM C KaJIbMOJIYJIHHOM, a He ¢ Me-
MOpaHofi, KOTOpasi 3aMeTHO MOIHGHIHPYETCA 3THMH THAPOGOGHEI-
MH COeIMHEHHAMH. B KOHUeHTpauHAX, CPaBHHMHIX C HCNOJIb3yE€MH-
MH 1JIs1 MHrHOHpOBaHHA KaJibMOnyJIHHA, (eHOTHa3HHbI OJIOKHPYIOT
Na, K-AT®a3y, a euie B 6onee Hu3kux KoHUeHTpauusax (ot 0,5 mo
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10 MxMoJsib/N1) OHHM NMOAABJSIOT NpOBeleHHe HEPBHOrO HMIyJibca
(2 ¢exT MecTHOro aHecTeTHKa), BbIcBoOoKJAeHHe no¢aMMHA, 00-
paTHBI 3axBaT HopajApeHaJlHHa, JodaMHHa H ceporoHHHa (B. D.
Roufogalis, 1982). CpaBHHTENbHO HeaBHO ONMHCAHO COeNHHEHHE —
KanbMupa3onuii (puc. 4, 5), obnanamplee no cpaBHEHHIO ¢ TPHO-
Topnepa3sHHoM B 500 pa3 GoJsiblIMM CPOACTBOM K KaJIbMOLYJIHHY.

MexaHH3M peficTBHA HHFHOMTOPOB KaJlbMoAyJiuHa oObsCHEeTCA
TE€M, YyTO rHAPoGOOHBIH yyacToK 6eJiKa, 9KCIOHHPYEMHH NpH 3aHA-
THH Ca-CBA3HBAOLINX LEHTPOB, B3aHMONEHCTBYET KaK C KaJbMO-
AYJIHH3aBHCHMBIMH OeJKaMH, TaK H C HHFHOHTOpPaMH.

B ra. 4 na npumepe Ca-AT® a3zl 3puTpouuTOB GVaeT paccMOTpeH
MexaHH3M aKTHBallHH KaJblHH3aBHCHMOro mMeMGOpaHHOrO ¢epMeHTa
xomnjekcom Km—Ca?t, a B ri. 7 npencrasieHo OGBsiCHEHHe
TepaneBTHYECKOro JHAeHCTBHAA (eHOTHAa3UHOB KaK HCHXOTPOMHBIX
areHToB. _

KaabmonynuH, no Bceii BHIHMOCTH,— - He €IHHCTBEHHbIH BHYTPH-
KJetoynbfi Ca-cBsispiBalomuii 6esiok, crnocoOHBI BHINOJIHATL (QYH-
KIHI0O BTOpHY4Ooro MeccéHmkepa. C Hcrnosb3oBaHHeM ad(HHHOH
XpoMaTtorpacHH, rie B KayecTBe JIMraHga HCIOJb30BaJiH (eHOoTHa-
3HHBI, OTKPBIT HOBBIH KJacc KaJbUHUCBA3HIBAIOWHX 6eJKOB. ITH
6enku — KaabyumeOunsl, U3BJeYeHHble H3 3KCTPAKTOB psja TKa-
HeH, OTJHYAIOTCA OT KaJIbMOAYJIHHA MO MOJIeKYJIIpHON Macce,
H303JIEKTPHYECKO! TOUKe H PsAAy APYrux cpoicTB. K kajpuumenn-
HaM OJIH3KH KaJleJIeKTPHHBl Y3 HEKOTOPHIX TKaHeil MJIEKOMHTAIOLIHX
H 3JIEKTPHYECKOTO OpraHa ckarta, cHHrHOHH H Genkn I, 11, 111 ua
neyeHH H KHUIEYHHKa CBHHBLH H Ap.

Jlo cux nop He ycraHoBleHa (QYHKUHS napsasrebymunos —
KHCJIBIX TJ00yAspHBEIX OeJIKOB, MMeIOUHX, KaK I[paBHJO, MOJIeKy-
asapuyio maccy 10—12 kJ] u cnocoOHBIX K BbIcOKOap(HHHHOMY CBS-
aniBanuio Ca®t (Kd=0,1—1 MxM). HHtepec Kk mapBanbGyMuHam
o6ycyioBJIeH T€M, YTC B pAAE MBIUL KOHIEHTpauHs napBajbOymMHHa
MoxeT nocturats 50—100 MxMoJsb/J, T. €. cOH3MepHMa ¢ KOHIEH-
Tpauueil KaJbuuiicesisbiBawoulero 6eska — tpononnHa C. B uuro-
nJjiasMe KaJibIlHHCBA3HIBaloOllHe YyyacTKH MapBajbGyMHHOB Bcerjga
HaCHILIEeHH KATHOHOM: MarHHeM, IpH KoHieHTpauuu Ca?t okoJso
107 Moab/Jn, WU KaJbLHeM, BBITECHSIOLIHM MarHuil mocje akKTH-
BauMd Mbinbl. HecoMHeHHO, yTo nNapBaJbOYMHHB NPHHHMAIOT
yuacTHe BO BHYTpHKJIeTOUHOM mnepepacnpeneneHud Ca?t, ocoGeHHO
B OBICTPBIX MBILIAX 6eCNO3BOHOYHHIX, I'Jle MX KOHLEHTPaIHA OCo-
6eHHO BHICOKa (O BO3MOXHOH POJIH NapBaJbOYMHHOB CM. ril. 6).

Ponp Ca?t ne orpaHHuHBaeTcsi akKTHBalHell IHTONAa3MaTHye-
CKHX H MeM6panHbIX O0eJIKOB H COOTBeTCTBYIONIHM BJHSIHHEM Ha
KnetouHblii MetabGonnaMm. M3onupoBanb 6eJikH, cnoco6HBle B INpH-
CYTCTBHH MHKDOMOJSAPHHX KoHUeHTpauuit Ca?+ cBs3bBIBAaTbCA C
meMmOpaHoH. Takoe cBs3bIBaHHE MOXeT, B CBOIO ouepelb, OKa3Hl-
BaTb BO3IEeHCTBHE Ha pa3JiHyHble TPpaHCMeMGpaHHble OeJIKH, B TOM
yHcsle ¢epMeHTHl H peunentophl, H SABJATbLCA NPOMEXYTOYHOH cTa-
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JHeH MeXXIy aKTHBHPYIOUIHM CHTCHaJOM H (PH3HOJIOTHYECKHM OT-
BETOM.

Oann u3 Ttakux OenkoB, npoTeun Il w3 snuTeNnHs Xxejyjaka
CBHHbH, KaK IoJiaralor, yyactByer B ()OpMHPOBaHHH IIHTOCKeJeTa
KJeTkH. M3aMeHeHHs B IIHTOCKeJieTe JieXXaT B OCHOBE TAaKHX BaXXHHIX
npoueccoB, Kak cexpeuns H aBHxkeHue. [Iporeun 11 (32 k1) B mpu-
cyrctBuu Ca?t cBsiapiBaeTcsi He TOJIBKO C KJeToYHoH MeMGpaHoH,
HO H C JIHNOCOMaMH, TPHIOTOBJIEHHHIMH M3 yHCcTOro (ochaTHAHII-
cepHHa (HO He apyrux ¢ocgonununoB). AHAJNOTHYHBIM CBOHCTBOM
obnanaer Ca-casbiBaomuii  6esok u3 JjeiikouutoB (K. Utsumi
el al., 1986), umeromnit 6Jau3Kyi0 MoJiekyJssipHylo Maccy (33 k[1.)
MexanuaM Takoro CBs3BIBaHHSI He YCTaHOBJeH. Bo3Mo0kHO, OHO
obecneynBaeTcsl KaJbLHeM, acCOLLHHPOBAHHEIM C OTPHLaTeJbHO 3a-
paxeHHbM ¢ochoaununoM. C apyroit CTOpPOHE, MOCKOJbLKY B3aH-
mojefictBHe nporenHa II HHru6Gupyetcs TpupTOpnEpasnHOM, Bepo-
sitHo, yto Ca?t BhI3bIBaeT KOH(OpPMAalHOHHBIE NEepecTPOHKH B ca-
MoM 6enke, o6Haxkas ero ruapodo6HLe yuacTkH. TeM caMHM obe-
crieyHBaeTcsi KOHTakKT 6ejlKa ¢ HenoJsisspHO#i ¢pa3oil JIHNHAa.



Nonodopsl
1 MHIHKATOPDI
HOHOB KaJbUHUA

IToctynsenne Ca?+ B uuTonnasMy yepe3 HOBEPXHOCTHYIO MeM-
6paHy HJIH H3 BHYTPHKJIETOYHBIX JIel0 TNPHBOAHT K <&3aMyCKy®
6HOXHMHYECKHX peaKUHi M COOTBETCTBYIOHIEMY (PH3HOJOTHYECKOMY
oTBeTy naHHoil KJeTkH. CoBeplueHHO oueBHAHO, YTOo OHOJIOrHYe-
ckass poap Ca?* ponxHa OHTh H3yyeHa Ha HHTAKTHBIX KJeTKaX —
B CYCNEH3HAX WJIH MOHOCJIOAX HNepBHYyHOH JIHOO mnepexxkHBalolled
KysabTypH. Ilpu 3TOM Heo6xofMMO HJIH H3MEHSATb ypOBEHb BHYTpPH-
KJIeTOYHOro KaJIbHsl C MOMOILbIO BellecTB, H3GHpaTeJbHO MepeHo-
caumx Ca?t vyepes kJeToyHyio MeMOpaHy (IOJRKHBL 00J1anaTh
pacTBopuMocThi0O B ruapodobHoit ¢a3e MeMOpaHH), HJH, HCNOJb-
3ys cnenHgHyecKHe KaJjblHeBble «MeTKH» (IOJXKHB OLITH BoAOpac-
TBOPHMHI), PErHCTPHPOBaTh KoJieGaHHA KOHLEHTPallMH 3TOro KaTH-
OHa B OTBeT Ha OINpeleJeHHHIHl BHeKJeTOoyHHH ctuMmyna. [locne
JJIHTEJIbHOrO TMNOHCKa Takue BewecTBa OBIH H O0OGHApYyIKeHHI, H
CHHTE3HPOBAHH, OHH BBelleHH B NPAKTHKY GHOXHMHYECKHX HcCJe-
noBaHud. B Hacrosimee BpeMs HaHGoJee IIHPOKO HCMOJL3YIOT
xanvyueesoili uonogpop A23187 u rarvyuesuiii xpomogpop Keun-2.

3.1. Antubuoruk A23187
M apyrue nepeHocuuku Ca2+

Kap6okcuipHbfi nonusapupHuii  anrubucrux A23187, wunH
Karvyumuyus (pHC. 5), BHIOEJNEHHBII H3 MHIEJIHS OXHOrO H3
LITAMMCB CTPeNTOMHIETOB, cnocob6eH 06pa3oBuiBaTh B ruapodob-
HOlt (baze KOMIIJIEKCH C lIeJIOYHO-3eMeJIbHBIMH MeTajjaMu (B CO-
oTHowleHHH 2:1) M ¢ HoHaMH Bomopoma (1:1). 3Tor aHTHOHOTHK
onocpejayer SJeKTpoHeHTpalJibHBIL TpaHcMeMOpaHHBII nepeHoc
IBYXBaJleHTHOrO KaTHOHa B oOMeH Ha Apyroil nByXBaJeHTHHIH Ka-
THOH HJH ABa nporoHa (P. Reed, 1976). Ero cpoactBo K aByXBa-
JIeHTHEIM KaTHOHAM yMeHblilaeTcss B psany Mn?2+>Ca?+>Mg#+>
Sr?+>> Ba%*t; cBs3biBaHHe aHTHOHOTHKA C OJIHOBAJICHTHHIMH KaTHO-
HaMH ype3BHIYaHHO MaJo.

Uem o06ycioBieHa BHCOKaA CHeMH(PHYHOCTh CBSI3bIBaHHSA
A23187 ¢ merannamu? Ias otBera Ha stor Bonpoc D. Pleiffer u

23



H. Lardy (1976) uccnemoBasn skcTpakiHio KoMimiaekcos A23187 —
Me?+ u3 BOnHOH cpenbl B ToJayoJ-GyTaHoJbHyIO ¢asy, B onpene-
JIEHHOH CTENMeHH MOIEeJHPYIOUlYI0 rHApodo6HYyI0 06JlacTh GHOMEM-
6paH.

Kak BHaHO H3 pHc. 6, 3aBHCHMOCTb KOHCTaHTHl 3KCTPaKIIHH
(K) ot noHHOro pamMyca coBceM He TpHBHaJjbHa. CTaGHIBHOCTB
KOMIJIEKCa B OpraHHYeckodl (pase yBeJIHYHBaeTci JIMHEeHHO (B mo-

JlyJlorapH(MHYECKHX KOOpAHHAa-

H  Tax) ¢ yMeHblLIEHHEM HOHHOIO

~ panuyca or Ba?t mo Zn?t+, 3a-

/L TE€M 3Ta TEHIEHIHS] Pe3KO H3Me-

N“ “H  HseTcl H 3KCTPaKUHs B OpraHH-

yecKylo (pa3y cHHKaercsl B PNy

or Zn?*t po Mg?*t., Kak oka3sa-

JIOCb, 3HepPrHs  COJbBAaTalHH

(3Heprus B3auMOAEHCTBHAA HO-

HOB C PacTBOpHTeJeM) He BJIHf-

eT Ha cTabuJbHOCTL KOMILJeKca

(D. R. Pieiffer, H. A. Lardy,

1976). (ConpBaTauus u ee yacr-

HHI cJy4Yal, ruapatauusi — K-

3orepMHyeckuil nponecc.) UYem

HHIKe 3Heprusi CoJIbBATAllHH, TEM

Puc. 5. CprKTypa KaJbIHEBOTO HOHO- B HoJiblUeH cTeleHH obJeruyaer-

¢popa A23187 c 3HIOTEPMHYECKHil npolece

NHCCOLMAIIHH KOMIJIeKca. 3Ha-

YUTeJbHOE YMeHbLIeHHe 3HEePrHH CoJIbBaTallHH INPH MNepexone OT

Ba%*t k Zn®*t (nwa 1575 k/Ix/MoJsb) nmosxHO obecrneyHBaTh MeHb-

LIylo cTaGuIbHOCTh KOMILIEKca HoHotopa ¢ Zn%t B opraHHyeckoil

¢asze. B neiicrButesibHOCTH Haluonaerca obpatHoe (pHc. 6), mo-

3TOMY MOXKHO 3aKJIIOYHTb, UYTO CEAEKTUBHOCTb 8 KOMNAEeKcoobpaso-
sanuu onpedenfieTcsa YUCTO CTepuwecKumu akropamu.

Crpykrypa monexkyawn A23187 cooTBeTCTBYeT STHM MpeacTas-
jgeHusaM (cM. pHc. 5). Ilpennmosarator, yro MecTo CBA3HIBAHHSI Ka-
THOHA (OPMHpPYETCS C YyYacTHeM LIECTH JIHTAHIOB B IBYX MOJIEKY-
Jgax A23187: yerblppbMsi aTOMaMH KHCJOpOJa H ABYMsl reTepOLHK-
JIMYeCKHMH aTOMaMH a30Ta. Pa3Mep NoOJIOCTH, B KOTOpPOH JIOKAJH-
3yeTcs KaTHOH, TAaKOB, YTO OH ONTHMAJIeH MJIsi CBs3biBaHHA Zn2t,
YBe/nHyeHHe NOJIOCTH, HeoOxonHUMoe HJsi cBsisbiBaHHsi GoJiee KpyI-
HBIX KaTHOHOB, CONpOBOXAdeTcsi HeGJaronpHATHHIMH H3MEeHEHHSMH
B JPYrHX yacTfX KOMIJIEKCa H BO3HHKHOBeHHeM cBoeo6pa3Horo
HanpsxeHHsl. B To ke BpeMs najgeHHe cTaOHJIbHOCTH KOMIIJIEKCOB
JJIS1 KaTHOHOB, MEHBIUHX IHHKAa, MoxeT ObiTb 06yCJIOBJIEHO HecIo-
COOHOCTEIO LIECTH JIHraHIOB OJHOBPEMEHHO B3aHMOZAEHCTBOBAaTb C
TaKHMH KaTHOHaMH.

Bo3nHkaeTt, ofiHaKo, BONpoOC, MoYeMy TAKOH OJHOBaJIEHTHHIH Ka-
THOH, Kak Lit, uMelomuii nouTH Taxoi Ke HOHHHIH pajHuyc, Kak
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Mg+ (coorBetctBeHHo 0,06 v 0,065 nm), nepeHocHTcss aHTHGHOTH-
koM (A) B opraHuueckyio ¢a3y, mo kpaineii mepe, B 100 pas
Xyxe? MoXHO NpennoJIOXHTb, 4YTO 3apsxKeHHHH KoMmjekc ApLi~
IJIOXO PAcTBOPSIETCA B OPraHHYecKoH cpele, a HeHTpaJibHbLIA KOMII-
Jek¢ ALi~ mu3-3a He6oJablloro pasMepa <KJELIHH» MOJIeKyJhl
A23187 u Menbllero yucia
JIMTaH/0B, y4aCTBYIOUIHX B
CBSi3bIBAHHH, ropaszio Me-
Hee cTabujleH 1O CpaBHe-
HHIO ¢ KoMmJekcoM A,Mg.

Autnbuoruxk A23187 —
CHJILHO (pJiyopecuHpyoliee
coefHHeHHe. IJTo obJjerua-
eT HCclleloBaHHE MeXaHH3-
MOB €ro B3aHMOJEHCTBHA C
HOHAMM KaJbLHA H pac-
npenesieHHsT KOMIJIEKCOB B s}
BOJAHOH H OrpaHH4YecKoM
(pazax, onHako B pAne ciay-
yaeB MelliaeT H3MePEHHAM
KoHueHTtpauuu Ca?t npw
HCMoJIb30BaHHH  (Jyopec-
LIEHTHBIX KpacHurenaed. Ta-
KHM cBoiicTBOM He ob6Jsana-
eT  He(JyopecuHpyioliee
NPOHU3BOJIHOE  AaHTHOHOTH-
Ka — 4-6poM-A23187, B 0k \ , . . L,
NPHCYTCTBHH KOTOpPOTro gos  qor G039 o 0,13 415
MOXXHO 6e3 ocobblX 3a- Hosmwil — paduyc, oM

TPYOHEHHH OLleHHBAaTb H3-
MEeHEeHHUSs KOHIIeHTP allHH Puc. 6. 3aBHCHMOCTb KOHCTaHTH 3KCTPaKIHH

(K) nByxXBaJIeHTHHIX K4THOHOB B KOMIUIEKCE
BHYTP“K”eTO‘*Hoer HOHH3H= ¢ ayrpGuorukom A23187 OT HMOHHBIX pamn-
poBaHHoro Ca?t (C. M. yco meramnos (mo D. Pfeiifer, H. Lardy,

Deber et al., 1985). 1976)

B uHTaKTHOf KuieTKe Yuevsieme sustenrs oK cooroercrayer yerue-
nepeHoc Ca?t yepes MmeMm-
6paHy obecrieyHBaeTCi ME€XaHH3MaMH, NaJeKHMH OT 3JIEKTPOHENT-
pailbHOro of6MeHa KaJIbIlHfi Ha NPOTOH HJIH MAarHuil, ocyuiecTtsJse-
Moro B npHcyTcTBHH A23187. Tem He MeHee, neiicTBHe 3TOro aHTH-
6MOTHKa Ha KJieToyHble (YHKIHH BO MHOTHX CJy4YasiX OKa3biBaercs
CXOIHBIM ¢ 3¢ dekToM akTusayuu Krerku. Tak, A23187 Bri3biBaer
COKpallleHHe H3O0JIMPOBaHHBIX IJIaJIKHX H CKeJIeTHBIX MBI, Jero-
JISIDH3ALHIO KJETOYHBIX MeMOGpaH, H3MeHsieT YPOBeHb HHKJIHYECKHX
HYKJIeOTHAOB B KJieTKax. IIpH Bo3meficTBHH HOHO(Opa NMPOHUCXOAAT
cekpeuus (epMeHTOB, 3aNaceHHBIX B IpaHyJax Makpodaros, arpe-
raudst TpoMOOUHTOB H HeHATPOHJIOB, CJHSHHE SPUTPOLUTOB, H3Me-
HeHHsA MX (GOPMBI H OCMOTHYECKOH YCTOHUHBOCTH.
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A23187 ycuanBaeT NPOAYKIHIO CYNEPOKCHAHOrO paaHKaJa
Oz= u H20,, norpebiieHue KHCIOPOAA KJETKAMH, COKPATHMOCTb
Pa3NHYHBIX THIOB MBILII, B YAaCTHOCTH CEPALa, 3K30LHTO3 aMHHOB
H HellpoMeNHaTOpOB, BKJIOYasi CEPOTOHHH, AO(paMHH, aipeHallHH,
HOpaApEeHaJUH H aleTHJIXOJHH, BJHAeT Ha cuHre3 6eska u PHK.
TakuM o6pa3oM, HCHOJIB3ys KaJbliHeBblli HOHODOp, MOXKHO B KaX-
JOM KOHKDETHOM cJlyyae nejlaTb BBIBOAH O BOBJI€YEHHOCTH HOHOB
KaJIbl[Hsl B TOT MJIH HHOH KJIETOYHHIH Ipouecc.

CpaBHuTeNbHO HElaBHO M3 APYroro liTaMMma CTpentToMuliera ObLa
BbIJleJIeH ellle ONMH KaJiblHeBHli1 HOHOGOp, HMEIONIHH TaKXKe IOJIH-
3(HpHYI0 NPHPOAY H Ha3BaHHbII woHomuyuwosm. Ero Ca?t/Mg2?+-
CEJIEKTUBHOCTb B HECKOJIbKO pa3 Buiue, yem y A23187 (C.—
M. Liu, T. E. Hermann, 1978). HonoMuuus orsnuuaercs Ot Apy-
ruX NPHPOAHHIX HOHOQOPOB HajHyHeM JABYX (a He OHNHOH) HOHH-
aupyeMbix rpynn. Ilo aToii nMpHYyHHe HOH KaJlbLHAl CBA3HIBaeTCs
OLHOH MOJIEKYJIOH HOHOopa.

HenaBHo cuHTe3upoBaHHBIl nentuHa Oeyus-2E  onocpenyet
aJiekTporeHHnlil nepenoc Ca?+ yepes memOpaHbl. Ilo akTHBHOCTH
3TOT KaJibLHeBHI HOHOGOp He ycTynaer aHTHOHOTHKAM HOHOMH-
uuHy W A23187, onHako oH o6Jiajaer GoJiblueii CeJIeKTHBHOCTBIO
no orHowenuio k Ca?t no cpaBuenuio ¢ Mn2+ (C. M. Deber,
L. C. Hsu, 1986).

3aMaHYUBbIMH NPEACTABJIAIOTCA TONBITKH HaHTH IHOOZeHHbLe
Kaabyluesble UOHOGOPLL KAETOK, KOTOpPHE CNOCOOHL CHHTE3HPOBAThb-
cl H AerpagHpoBaThb NPH BO3JEHCTBHH ONpENENeHHbIX CTHMYJIOB H
TE€M CaMBIM peryJIHpoBaThb BHYTpHKJIeTOYHOe pacnpeneneHne Ca2t,
OnnuM 43 TakHX HOHOGOpPOB MOXKeT OHITh ocgharudHas Kucao-
TG — MHTepMeaHaT npeBpauleHHst ¢ocdouHosutunoB. [Ipu mobas-
JieHuH ¢ochaTHAHOH KHCJIOTH K KJETKaM HJH NPH HHAYKLUHH ee
BHYTPHKJIETOYHOIO CHHTe3a JeficTBHTeJbHO HabJlonaercs yBeJiHye-
HHE KOHLeHTpauuu cBoboxuHoro Ca2*+ B uutonsaaMme. Jlns Toro
yTo6Bl YCTAHOBHTL MexaHH3M jeficTBHSI ¢ochaTHIHONH KHCJOTHI
(uepe3 aKTHBH3aLHIO CYyLIECTBYIOUIHX KaJblLHEBHX K3aHAaJOB HJH
nyreM ¢OpMHPOBAHHAI HOBHIX), OHUIO HCCJeNOBaHO ee NeHCTBHe Ha
pacnpeznenenue Ca?t+ B nByx ¢pasax: BoJHOH H OeH30JIbHOM, KOTO-
pas no BeJHYHHE AH3JIeKTpHUecKo# nocrosiHHoH (2,28) npu6ianxka-
eTcs K JHNuIHOH ¢aze. C moMomplo Takol nmpocTtoii MojaesiH 6bLIo
nokasaHo, yto ¢ocdaTHAHasi KHCJIOTa, a TaKXe KapOuOAUNUH $B-
JIAIOTCA THNHYHEIMH KaJlbHEBHIMH HOHOGOopaMH, ofecrneyHBarollH-
MH HaKoOIlJIeHHe 3TOro KatHoHa B rujpocobHoil ¢aze. [Ipennona-
raiot, yro neperoc Ca%+ B 3ToM ciyuae ocyulectBisiercs B (opme
JAErHIPHPOBAHHOTO KOOPAHHAIHOHHOrO KoMILIeKca ¢ ¢ochaTHIHOIM
KHCJIOTOH.

C nomowpi0 NOAOGHOH CHCTEMH! YAaJOCh NMOKa3aTb, YTO HOHO-
(OpHYI0O aKTHBHOCTb NPOABJSIOT H Npocrarnauauin PGB, PGE.
H PGF3.; oHn BH3biBaloT Takxke BHIX0J Ca®t H3 HarpyxeHHHIX HM
JIHMOCOM. 3TO, OJlHAaKO, NPOHCXOJHT JIHIUb NMPH NOBHILIEHHH TeMIe-
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parypu go 37°C. CurnemoBaTesibHO, NMPOCTArJIaHIHHBI  CHOCOGHBI
NpOsBJAThL JeHCcTBHE KaJblUHeBHIX HOHOQOpPOB B ycJOBHAX GoJiee
XkHAKoH MeMmOpaHbl. M Bce ke MaJloBepOAITHO, YTO AaHHEIE NMpOCTa-
IJIaHAMHE NpeACcTaBNfloT co60i 3HAOreHHHle HOHOGOPHI, NOCKOJIb-
Ky OHH 3((QeKTHBHBE NPH MHJJHMOJIADHOH KOHUEHTpPAalHH, T. €. B
100—1000 pa3s Goablueii uX (H3HOJOrHYeCKOH KOHIEHTPaIlHH.
ITepeHocuukamMu Ca2?+ yepes mMeMOpaHbl MOryT GHITb NMPOLYKTHI
nepekucHoro oxkuciaeHus JunupoB (I1OJI). Crapenne Jsunupa w
HaKonJjehHe npoaykros [10J]
(uTo mpoucxomHT, Hanpumep,

NpH NPOrOPpKaHHM Macha) HiH W
uaaykuus [10OJ1 apyxsanent-
HEIM 2KeJjle30M H acCKopGHHO-
BOil KHCJIOTOH (pHC. 7) BHI3H-
BaeT CylLeCTBeHHOe YyBeJlHye- 0,5

HHe HOHHOH (mpeHMyIlIecTBeH-
HO KaJIbIlHEBOH) IPOBOJIHMO-
CTH  JIMNUIHBIX  MeMmOpaH
(A.V.Lebedev et al., 1982). - . .
Jtor 3dpdekTr Moxker OHITh 4 60 100
CHAT B INPHCYTCTBHH  Be- Bpemn, man
LECTB — AHTUOKCUOGHTOB, M3 pyc 7. VpenmuenHe KanbUHeBOR NpoBO-
KOTOPHIX Hau6oJiee H3BECTEH auMOCTH GHCAOAHHX JHNHAHKX MeMGpaH
a-TOICOd)epOJI (BHTAMHUH E), noj LeACTBHEM TNPOOKCHAAHTHOH CHCTe-

Ipeanonaralor, uto TpH MH — ABYXBAJIEHTHOIO JKeJie3a H acKopOH-

HOBOM KHCJOTH (ackK)
NepeKHCHOM OKHCJIeHHH JIH-
nuAHON MeMOpaHH B Heil pop-
MHpYIOTCA TuJApo¢H/IbHHE NOopH, cnoco6HHEe NpPOonycKaTh HOHbBI
KaJsbiHsi. HesicHo, B Kakoii cteneHn npoaykth I10J1 in vivo yuact-
BYIOT B peryJsilud BHyTpHKJeToyHoro Ca?+ (xoTsl Takoe mpeamnoJo-
JKeHHe BHJBHHYTO AJii TPOMGOuHTOB, cM. rJ. 7). OT moBpexpaio-
Lero AEeHCTBHA NEPEKHCHOTO OKHCJIEHHSl KJIETKH 3allHILEeHBl TeM
e BUTaMHHOM E H ¢epMeHTHEIMH AHTHOKCHAAHTHHIMH CHCTEMaMH,
B TOM YHCJe KaTaAa3ol H cynepoxcudoucmyrasou.

HenaBro Gl mpepJioxkeH NpHHIUNHAJAbHO HHOM cmoco6 co3da-
Hua nosvlwennoll Konyentpayuu Ca?t 8HYTPu KaeTOK, CBA3aHHBIN
C BBeJleHHEM B KJIETKY KOMILIEKca KaAbylUesoz2o xeaaropa ¢ Kalb-
uHeM, JTOT Xehartop .npencraBjsieT co0oifi HHTPONUNEPOHHJIbLHOE
npousBogHoe Ca-cenektuBHoro koMmniaekcoHa BA®PTA u nasmuBa-
ercst nurp-2 (R. Y. Tsien, R. S. Zucker, 1986). Ilon neficrBueM
cBeta OH cnocobeH K H3OoMepH3alHH, CONPOBOXKIAaeMOil 3HaYH-
TeJIbHBIM cHHXKeHHeM cpoactBa kK Ca2?t (puc. 8). Ilocne Bospeiict-
BHA cBeTa B OGJIHXHeH yJbTpagHoJieToBOH 06/1aCTH KOHCTaHTa JHC-
collHalHH KoMmJiekca yBeaunuyuBaercs ¢ 0,63 no 18 MmxkM. dto obe-
CreYyHBaeT BLHICBOOOXJEHHE YaCTH HOHOB KaJIbHA H3 KOMIJEKca
C HHTP-2 B LIHTOIVIa3My H IIO3BOJISIET PEerHCTPHPOBAaTh COOTBETCT-
BYIOUIHH (pH3HOJIOTHYEeCKHil OTBET KJIeTKH.

B (Fe 2+, aek)
I mhl/ ~ (Fe?*+acx)

|~

pobedumocms, 10, 0m™1 + opi2

)
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Hcnosb3oBaHHe cBeTa A BhicBoOoxxaeHuss Ca?+ p3 KoMmmJjekca
¢ ¢poronabuIbHBEIM XeJlaTOpOM B NPHHILHIIE HMeeT NpeHMyluecTBa
nepen APYrHMH crnoco6aMH yBeJIHYEHHS BHYTPHKJIETOYHOH KOHLEH-
TPalHH 3TOr0 KaTHOHA. B YacTHOCTH, BCMHIUIKH CBeTa MOXXHO Bapb-
HPOBAaTh IO IJIHTEJBHOCTH H HHTEHCHBHOCTH. B TO e BpeMs H3-3a
CPaBHHUTEJIEHO MelJIeHHOro BuicBo60KneHHa Ca%t u3 3Toro KoMIJiek-
ca (c xoHcraHTo#i BpemenH 200—250 mc), oGycyioBjleHHOro npej-
LIeCTBYIOIEH JIMMHTHPYIOLIEH CTaaHed — oTlieNJieHHeM MeTaHoJa,
¢oTonaGHILHBIH KaJibliHEBEH XeJNaTop He MoxXeT OHTb HCMOJIb30-
BaH HJifl HcclleioBaHHS OBICTPHIX OTBETOB KJETOK, HanpuMmep HJis
perucTpaiHH COKpaTHTeJIbHOH aKTHBHOCTH MHOLHTOB.

s - 00C
c00' @ ~00C coo )
/'\ /\ COO o /\
< o0~ N N
[
(<]
< 9
a CH,—CH,0 OCH,-CH,0
: —_—
t 360 um
H3CO—C —H CHj C==0 CH,
/
S
-
[=]
oy
=
g
g T o +CH;0H
:= \__o

Puc. 8. CTpykTypa KanbUHEBOTO XenaTopa HHTP-2 H NpelnoJiaraeMalft
Mmexann3m oTwensiennss Ca?t or KOMIVIEKCOHA NOA LeficTBHeM CBeTa
(no R. Y. Tsien, R. S. Zucker, 1986)

Hon kxanbuus McXomHO sakJsioyed B cBoeobpasHyio siuefixy, o6pasosaHHyo 9ge-
ThipbMsi KapOOKCHJIBLHBIMH rpynnamMi. IIps 3TOoM ORMH M3 aToOMOB KHcaopoma (oT-
MeueH 3Be3NOYKofl) nepeHocHTcss Ha cBs3b C—H, satem npoHcxomHT BBICBOGOXK-
AeHHe MeTaHoJla H NMOHHXXeHHe CPOACTBA XOMIUJeKcoHa K Ca?t

3.2. Meroapl perucTpauMu U3MEHEHHUH
KOHueHTpauuu Ca?* B 6HOJIOrHYEeCKUX
9KCNepUMEeHTax

Ilpu u3MepeHusix caBurop B KoHueHtpauuu Ca?+ BHyTpH KJie-
TOK HJIH NepepacnpeliesleHHss 3TOro KaTHOHa MeXAY cpeiaodl H H30-
JHPOBAHHBIMH KJIETOYHHIMH OpraHeJlJlaMH HCIOJIB3YIOT NpeHMylle-

ctBeHHo Ca?*-cesleKTHBHBIE  3JIEKTPOALI H HHIHKAaTOPH  HOHOB
Ca?t,
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Kaabyuessie anexktpodsl NpHBJEKAOT CBoeH NMPOCTOTOH M BO3-
MOXKHOCTBIO OJIHO3HAaYyHO# KaJUOPOBKH OTBeTa B COOTBETCTBHH C
ypasneruem Heprcra:

E=2T gl
2F [c]

rae R — yHHBepcasbHasi rasoBasi NMOCTOSIHHasA, 1 — TeMmnepartypa
no KeabBuny, F-—uuncno Papanes, [c) u [c);—HavaabHas wH
KOHeuyHasi KOHUEeHTPAalHH HOHA KaJblIHA.

ITpu necsiTukpaTHoM H3MeHeHHH KoHueHTpauuu Ca?+ B cpene
MPH CTAaHAAaPTHBLIX YCJOBHAX H KOMHATHOH TeMnepaType NOTEHUHAJ
3JIEKTpOJia J0JIXKEeH H3MeHHTbcsl npHMepHo Ha 30 MB.

CyulecTBEHHEIMH  HelOCTaTKaMH COBpPeMEHHBIX  KaJlbllHEBBIX
3JIEKTPOJLOB SIBJAIIOTCHA JOCTATOYHO MeJJIeHHasi CKOpOCTb HX OTBETa
Ha H3MeHeHMs KoHueHTpauHH Ca?t ¥ OTHOCHTEJILHO HeBLICOKast
KaTHOHHasi CeJIeKTHBHOCTb. B HacTosiee BpeMsi HccJenoBaTesH
NPAaKTHYECKH OTKa3aJHCh OT MOMNBITOK H3MEPEeHHH KOHIEHTpAallHH
Ca?t BHYTpH KJETOK C NOMOLIbI0 MHKpPO3JIEKTpoaoB. Bo-nepBHX,
3JIEKTPOJ OTBeYaeT HA H3MEHEeHHs KOHLEHTpalHH KaTHOHa B o6Ja-
CTH, HENMOCPEeACTBEHHO MpHMLIKalouell K ero KOHYHKY. Bo-BTOpHIX,
TPYAHO HCKJIIOYHTH, YTO NPH BHEAPEHHH 3JIEKTPOAA B KJIETKY Ha-
pyllaeTcsi LEJIOCTHOCTb KJIETOYHOH MeMOpaHEl H H3-32 HaJIHYHSA
6oJsiblIoro TpaHcMeMOpaHHOrO KaJibIlHEBOrO IpaJHeHTa YpPOBEHb
Ca?+ B kJeTke yBesiHuuHBaeTcsl. TeM He MeHee, npH pabore c H30-
JIHPOBaHHBIMH KJIETOYHEIMH OpraHeJlJlaMH KaJlbIHeBHlEe 3JIEKTPOH!
HMeIoT HecOMHeHHoe mnpeuMymecTtBo (ocoO€HHO, KOrja CKOpPOCTb
tpaHcnopta Ca2?t+ HeBesiHKa) mepen APYTHMH METOAaMH, BKJioyas
pPEerHCTPaNHIO TOIJIOWEHHsT H3oTona Kajabuus (45Ca?t) mocne
ocaxkJeHus (pparMeHTOB MeMOpaH Ha MeMOpaHHHIX QHIABTpAx HJH
HCTIOJIb30BaHHE METaJJIOXPOMHBIX HHAHKATOPOB.

PaboTa pas3jiHUHBIX UHOLKATOPO8 KaAbYUs CBSi3aHa ¢ HX CIO-
co6HOCTBIO NMoNO6HO KaJbiHeBoMy KoMmiekcoHy DI TA o06pazoBh-
BaTbh C KaJibllHEM KOMILJIEKCH, HMelollHe crnenu¢HyecKHe CIEeKT-
pajibHLEe XapaKTePHCTHKH.

KoHcTantel pHcconManuyd KoMmmjekca HHaukartop — Ca?+ Bax-
HH NpH Bhi6Ope HHAHKAaTOopa JJIsi KOHKPEeTHOro McciefoBanus. Ecau
KoHuentpauuss Ca?t cymecrBeHHo npesBnliaer Kd, To YyBCTBH-
TEeJbHOCTb MeToAa najaer: 64Jpllasi YacTb HHAHKATOpPAa HAaXOOHTCS
B CBAI3aHHOH ¢opMe, H naJibHelillee MNOBHIUEHHE KOHUEHTPAIHH
Ca%+ B cpele BHI30BEeT MEHbIIHE H3MEHEHHsS B CBETONPONYCKAHHH.
OpaHako npu kouuentpanuu Ca?*, ropasno Mmenblueli Kd, xoninye-
CTBO cBOGOZHOrO HHJIHKAaTOpa OKa3blBaeTcs BeCbMa GJH3KHM €ro
ofb1meMy KoJIHYeCcTBY H H3MEHEHHA B ONTHYECKOH NJOTHOCTH Npak-
THYECKH TNPOMNOPLHOHAJbHE H3MEHEHHSIM KOHLEHTPalHH CBOGOIHO-
ro KaJbIHS,

HaunGospillee pacnpocTpaHeHHe MNOJYYHJIH CJEAYIOLIHE HHIH-
KaTophl HOHOB KaJblus: Mypekcus, apceHasc IlI, anTunupunaso
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111, xnopTeTpallUKIWH, 3KBODHH, KBHH-2 H ¢ypa-2. Kasbuuesniit
HHAMKaTOp Mypexkcud (nypnypaT aMMOHHSI) NPHMEHSIOT yXe Yer-
BEPTb BeKa B OCHOBHOM B ONBITaX C H30JHPOBaHHBIMH KJI€TOYHLIMH
opranennamu. Bricokoe 3Hauenne Kd komnnekca mypekcup c Ca?+
(3 MM) mosBonsier npeHebpeub 6ydepHOH CrOCOOHOCTBIO JAaHHOTO
HHIHKaTopa, HO B TO € BpeMsi OrpaHHYHBaeT ero NpHMeHeHHe
IHanasonoM xoHueutpauud Ca?t Beime 10 Mkmosb/a. Yamie Bcero
MYPEKCHJI HCIOJB3YIOT B ONBITaX Ha H30JHPOBaHHBIX MHTOXOHJ-
pusax, Ca-TpaHCHOpTHpYIOLlAaA CHCTeMa KOTOPHX HMeeT OTHOCH-
TeJIbHO HH3Koe cpoacTBo K Ca?t (cM. ra. 4).

Apcenaso 111 u antunupuaaso 111 o6nanator Goabliueii yyBCTBH-
TeJbHOCTBIO K Ca?t (Kd cOOTBETCTBYIOUIHX KOMIJIEKCOB JABYX MoO-
JIeKyJ1 HHAMKaTopa ¢ ofHoil MoJekynoit Ca?+ cocrasJasior 10~° u
u 1078 M?). Baxno, uyto ux otBerT Ha Ca?f nHHeeH B IUHPOKOM
JHana3oHe KoHLeHTpauuil KatuoHa. [lo yyBctBurenbHoctn k Ca?+
apcenaso IIl npumepno B 50 pa3 mnpeBOCXOAHT MYpeKkcHI. XoTH,
KaK ¥ Jpyrde MeTaJlJIOXpOMHBIE HHAHKatopH, apceHa3o III u an-
tunupuaaso 111 obpasyor kommiaekce ¢ Mg?+, MoxHO nomobparthb
TaKHe IJIHHbl BOJIH, NPH KOTOPBIX CHHXX€HHE YyBCTBHTEJBHOCTH K
Ca?+ B maruuiicofepxailel cpefie 6yieT MHHHMAJbHEIM.

Henocratok 000HX HHAHMKATOPOB COCTOHT B TOM, 4YTO ONTHYe-
CKasi IJIOTHOCTb CaMHX 3THX BelecTB H HX cpoactBo K Ca?t cuis-
HO MeHfI0TCH B 3aBUCHMocTH oT BeauuyuHbl pH. EcrecrtBeHHO, uto
npu pabore ¢ cycrneHsHeit MeMOpaH MOXHO HCINOJb30BaTh BLICOKYIO
KoHUeHTpauuio O6ydepa, uckmouawumyo capurd pH. OnHako ecan
JaHHbBle HHJAMKATOpbl MNPHUMEHSIOT AJS PerHcTpallid H3MeHeHHI
BHyTpHKJIeTouHoro Ca?+, BO3MOXHOCTh apTeakTOB B H3MEpEeHHSX
HCKNI0YHTL HeJsib3si. HakoHew, o6a BellecTBa NpPOSIBASIIOT CBoOIiCTBa
KaJbuueBblX OydepoB H cnoCOOHB CBSI3BIBATBCS C COJEPIKHMBIM
LHTONJIa3MBl, 4YTO 3aTPVAHSET KaJHOpDOBKY OTBeTa; M3-3a 3HAYH-
TeJIbHOrO HecrnelH(HYECKOro CBA3LIBAHHS, XapaKTEPHOro, BIpOYEM,
Ansi OOJNBILMHCTBA HHAHKATOPOB, MOXET TaKXe 3aMeNJsiTbCsl Bpe-
Mst otBeta. KanubpoBke B cayyae antunupunaso III memaer u To
0o6CcTOATENBCTBO, YTO 3TOT HHAHMKaTop obpasyer pas/jiHYHBIE KOMII-
Jekcul ¢ Ca?t+ B crexuomerpun 1:1, 1:2 u, BosaMoxHO, 2:2.

Nunukarop Ca?t xaopreTpayukiun HECKONBKO OTJIHYAETCH OT
OCTaJIbHBIX HHAHMKAaTOPOB TE€M, YTO C €ro MOMOIIbI0 H3MEepSIoT He
cBOOOAHBIN, a €8A3anHbll C KNeTOYHBIMH opraHennaMu Ca?+. Quy-
OpecLEHLHsi 3TOrC XeJjaTopa ABYXBaJIeHTHHIX HOHOB CYLIECTBEHHO
Bo3pacTaeT NpH yBejdHyeHHH YypoBHa Ca?*, accounHpOBaHHOro ¢
MeMOpaHaMH.

OnHako ¢ NMOMOLIBIO  XJOpPTeTPAaUHKIHHA H3MepSIOT KaJsblHH,
He aCCOLMHPOBAHHBII C y4acTKaMH CBSI3bIBaHHSI Ha BHYTpHMEM-
OpanHbix Genkax, a Haxonsuuiicas B MeMOpaHe (B KOMILJIEKCe C
KpacuTesieM) B paBHOBeCHH ¢ BOAHO#H ¢pasoit. Hanpumep, neiicr-
BHe Ca?+ Ha (JyopecLeHUHIO XJOpPTeTPALMKJIHHA MOXKHO MNpoje-
MOHCTPHpPOBaTh H Ha JIELUTHHOBHIX (3JIeKTPOHEHTpPaJIbHbIX) MeM-
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6paHax, 3aBeJOMO He cnocoGHHIX K cBsidbiBaHHI0 Ca?t. TakuM 06-
pasoM, H3MeHeHHs (JyopecleHIHH BHYTpPHMeMOpaHHOro KOMILJIeK-
ca xJoprerpauukianH — Ca?t(Ca—Xtit®%) oTpaxaloT CIABHTH B
KOHUEHTpaLHH HoHU3HpoBaHHOro Ca?+ okosio MeMOpanbl (CaZtuap):

XTlp 5 X115

XTly, == XTlay -H*;

Caifp = Cait;

Xtug; +Cast = Ca— X1t 4 hv.

HepnoctarkoM xJsiopTeTpalMKJHHA KaK KaJlbLLHEBOTo HOHOo(oOpa
siBasieTcsi ero 6oJiee BHICOKAf YYBCTBHTEJLHOCTh B OTHOLUGHHH Mar-
Husi. B TO e BpeMs XJOpTeTpPaLUKJIHH He3aMeHHM B TeX HCCJeMo-
BaHHfX, Korja H3MmeHsietcsi KoHuentpauusi Ca?+ cHapyXH KJeroy-
HbIX opraHens. Ecamu, HanprMep, ny3HpbKH CapKONJa3MaTHYECKOro
peTukyayma yike 3arpyxenn Ca?*, To ¢ noMolupio ¢ayopecieHUnu
XJOpTeTpalHKIHHA MOXKeT OhlTb 3aperuCTPHPOBaH BHIXOJ 3TOro Ka-
THOHa H3 NY3LIPbKOB Jla)e B NPHUCYTCTBHH KaJbLLHEBOTO KOMILJIEK-
coHa II'TA.

B 1962 r. nosBusoch coobuieHHE O BBIEJIEHHH H3 MenY3H
Aequorea aequorea Genka, HCINyCKAaiOLIero cBeT B INPHCYTCTBHHU
Ca?+, Ortor GeJiok, NOJYYHBIIHH HasBaHHE IKGOPUH, OTJIHYAJH BHI-
COKasi YYBCTBHTEJBHOCTb H CHElHPHYHOCTb Nno oTHolleHHIo K Ca?+.
Bo3HHK/a MBICJb HCHIOJIB30BATL €ro B KayecTBe HHAHWKATOpa KaJlb-
IIHEeBbIX MOHOB BHYTPH KJeTOK. Jlo camoro nocljiefHero BpeMeHH
S5KBODHH IIHPOKO NPHMEHSJIH B HCCIENOBAaHHSAX HAa CaMbIX pasJidu-
HBIX OJMHOYHBIX KJIEeTKaX.

Peakuusi skBopHHa ¢ KaJbliheM IpOTEKaeT cJeaylumuM o0-
pasom:

dkeopuH -+ nCa?+ — JkeopuH (Ca?t), — IkBopuu -+ v} nCa?*

buosoMuHeclieHTHBIH 6eJIOK, KaK MpPaBHO, BBOAAT B KJETKY
C MOMOILBLI0O MUKPOUHBEKLHiH. JIIOMHHECHEHLHI0O PErHCTPHPYIOT C
NMOMOILI0O  (POTOYMHOKHTEJNSI OYEHb BBLICOKOH YyBCTBHUTEJbHOCTH.

Hanbonee wuHpopmaruBHeiMH Gblnu uccaenoBanusi (D. G. Al-
len, J. R. Blinks, 1978), B KOTOpbIX CpaBHHMBa/lH KHHETHKY H3Me-
HeHHsl CHrHajla 3KBOPHHa M LMKJ COKpalleHHsi — paccyiableHus
BOJIOKOH CKe€JIeTHOH M cepieyHod Mbiuin. OOpamaer Ha ce6Gsi BHH-
MaHHe, YTO NPH OJHOPA30BOH 3JEKTPHYECKOH CTHMYJISILLHH MBILILBL
JIOMHHECUEHTHbBIH CHTHaJ [JOCTHraeT CBOEro MaKCHMyMa MeHee
uyeM 3a 10 Mc nocne mmnyasca (puc. 9). Bce 310 Bpems Mblllna
HaxXOOHTCs B NOKOSILIEMCS COCTOSIHHH; 3aTeM NPOHCXOAHT MeAJeH-
HOe yMeHbllieHHe CHIHajla ¥ pOCT CHJb MBILEYHOTO COKpaLleHHS.
JIHIIB B TOT MOMEHT, KOI'la HHTEHCHBHOCTb JIIOMHHECLEHLHH BHOBb
6/nu3ka K HCXOAQHOH, pasBHBAaeTCSl MaKCHMAaJIbHBIH COKDaTHTeJbHELH
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orBeT. M3 3THX naHHBIX cjesyeT, YTO NPOLECC COKPAleHHS! MBILIIbI
JHMUTHPYeTcs: He noctynyieHdeM Ca?t H3 ero BHYTPHKJETOYHBIX
pesepByapos B MHONJa3My, a NpeBpalleHHSIMH B CaMOM COKpaTH-
TeJIbHOM annapare KJeTKH.

4 mkh
2mH

100 mc

Prc. 9. Jliovunecuenthnit () u mexannueckuit (II) orerTH npw
OIHHOYHOM COKPAIUEHHH BOJIOKHA CKEJETHOH MBILILbI JSATYLIKH
nocje HHbeKUMH 3KBOpHHa (no II. Baunkcy u ap., 1981)

K uyTepnperanun pe3ysnbTaToB ONBITOB C 3KBOPHHOM, OJHAKO,
cjenyer MOAXONHTBL C OCTOPOXXHOCThbIO. MHTEHCHBHOCTL ero JIOMH-
HeCLEHUHH TIpH aKTHBAUMH KJETKH YBeJHYHBaeTcs no KpaiiHefi
mepe B 1000 pas. B 1o ke BpeMsi KOHLEHTpalHsi cBOGOLHOrO KaJb-
st mpH 3TOM MeHseTcsi He Oosee yem B 40 pas. Kpome Toro,
CJIeflyeT YYHTHIBaTh, YTO B BO30Y2KJE€HHOH KJeTKe CyllecTBYeT rpa-
JueHT no HoHaMm Kanbuusg (puc. 10). Ilockoabky KpuBasi 3aBucH-
MOCTH JIIOMHHeCLeHUHH 3KBopHHa oT Ca?t xapakTepHsyercs 3Ha-
YHTEJNIbHOH KPYTH3HOH B 00./1aCTH KOHUEHTpanud Katuona ot 0,1 mo
1,0 MKM, HeNb3si HCKIIOYHTB, YTO OCHOBHOH CHrHaJ NocTynaer or

- obnacteli ¢ BBICOKOH JIOKaJnbHOH KoHueHTpauuel Ca?t, T. e. or
Y4YacTKOB, HENOCPeJCTBEHHO NPHMBIKAIOUIHX K KaJbIHEBHIM pe3ep-
ByapaM.

B Hacrosimee BpeMsi HamGoslee NOMYJSPHBI HHAMKATOPH HOHOB
KaJlbLHfl HOBOTO MNMOKOJIEHHSI KBHH-2, ¢ypa-2 u uupmo-1 (pmc. 11).
Onu aBASIOTCS NPOH3BOAHBIMU KaJbLHEBOro KoMileKcoHa BA®TA
(cM. puc. 8) u ob6najarT oyeHb BHICOKOH crenH$HYHOCTBIO MO OT-
Houlenuo k Ca?+ B cpaBHenun ¢ Mg?+, K+, Nat u H+,

[Ipy cBssbIBaHHH OAHOH MOJIEKYJH KBHHAa-2 ¢ OLHUM HOHOM
Ka/lblHsi HaG/ionaercsi LIECTHKPATHOe YcHJeHHe (JYopecleHTHOro
curHana. QayopecueHuuss ¢pypa-2 u uHuo-1 B KaJblHeBOL cpene
Bo3pacraer B 30 pa3; no3TOMY 3TH KPACHTENH MOXKHO HCIOJIb30-
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BaTh B MEHBbUIHX KOHLEHTpauusX, ueM KBHH-2. Ocob6eHHOCTh ypa-2
COCTOHMT B TOM, 4YTO OH o6JslalaeT BBICOKOIl YYBCTBHTEJILHOCTBIO K
Ca®+ kak npu BosiHe Bo30y>KneHHs1 oKoJio 350 HM (B 3TOM ciyuyae
HHTEHCHBHOCTb 3MHccHH npd D00 HM B cpene ¢ Ca?+ yBesHuHBaeT-
csl), TaK H npd Bo30yxJeHHH GoJiee JJIHHHHIMH BOJHaMH — 380—
380 HM (aMHCCHS B KaJbLlHEBOH cpefe cHHxKaeTcs). BripaKeHHBIH

N
(S
T

b~
[
T

Kowyenmoauus Ca®, mkmoss

20+
& /w d
&5\0-2 /
6\&‘}0' 4 V 4
QQ(S‘ a6, “ /]
as, /{,
J/ 1 {
02 7 ‘4 20 700
Bpers,mc

Puc. 10. TpexmepHoe H306pakeHHe H3MEHEHHN KOH-
weurpauun Ca?+ B nmpecHHanTHYeCKOM OKOHYaHMH HepB-
HOTO BOJIOKHA KaJbMapa B -32BHCHMOCTH OT BpEMEHH

H pAacCTOfIHHA OT IJa3MaTHyeckol MmeM6GpaHbl (no
C. E. Creutz, 1984)

OTBeT KBHHa-2 Ha Ca?* mposBisiercs npH AJHHAX BOJH BO36yxKje-
HHusl cTporo B nHanasone 339—350 uM. B cBsaA3m ¢ 3tuM ¢ypa-2
6oslee NPHMEHHM B HCCJEJOBaHHAX C HCNoJb3oBaHHeM ¢uyopec-
LLeHTHHIX MHKDOCKOMNOB C OOBIYHOH CTeKJ/ISHHOH ONTHMKOH, «racs-
1ie#» cBet B obJsacTH, 6J1H3KOMH K yJabTpadHoJeTOBOH.

IIpeumymectBa ¢ypa-2 u HHAO-1 mepen KBHHOM-2 3aKJIOYaIOT-
Csl TakXe B OoJiee BHICOKOH KaJbLIHEBOH CeJIEKTHBHOCTH IIO OTHO-
LIeHHIO K APYTHM ABYXBAJIEHTHHIM KAaTHOHAM, a TaKXe B MeHblLIEeH
KOHCTaHTe auccouuanuu ans Ca?t,

OnHz u3 OCHOBHBIX Mpo6JsieM, MellaBIUHX LIHPOKOMY HCNOJIb30-
BaHHIO MeTaJlJIOXPOMHBIX HHAMKATOPOB AJs ONpeJesIeHHsI KOHLEeHT- -
pallHH HOHOB B IHMTOIJIa3Me HHTAKTHOH KJeTKH, OblJla cBsizaHa C
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TPYAHOCTBIO MX «IOCTaBKH» BHYTPb KJeTKH. Hanpumep, KBHH-2,
obsanaloltii YeThipbMsi KapOOKCHJIBHBHIMH IpyNnaMH, OYyeHb cjiabo
NpOHHKaeT yepe3 MeMOpaHHL

[Tocsie aHasu3a MHOTHX NpPOH3BOJAHBIX ObIJIO HaHAeHO, YTO He-
nonsipunlit  ayeromerusrossul 3gpup ksuna-2 (ROCH;OCOCHs;3)
NpoHHKaeT Yepe3 KJeToyHble MeMOpaHbl H C JOCTAaTOYHO BBICOKOM

Coo" Cco0~ CO0
|\ |
N ‘\ N k 00"
N™ “coo N" coo N~ CO
O(CH;),0 ©
1
CH,

Puc. 11. ®dnyopecueHTHEE HHAHKATOPH HOHOB KalbUHS — IPOH3BOAHEIE Kajb-
nueBoro komnjaexcona BADGTA

CKODOCTBIO THAPOJIH3yeTCS BHYTPHKJETOYHBIMH alleTHJ3CTepa3aMH
(R. Y. Tsien, 1981). KoHueHTpauus KBHHa-2 B KJeTKe IIpH TaKOH
ero aoctaBke MoxeT jpocturatbh 10 MMonb/Jl. BaXHo, 4TO KBHH-2
IpH 3TOM JIOKaJH3yeTcs HMeHHO B LHToNnJNasme: obpaboTka KJe-
TOK JHTHTOHHHOM, YBeJIHYMBAIOLIHM INPOHHII@eMOCTh IOBEpPXHOCT-
HOHl MeMOpaHH, NPUBOJHJIA K NOJHOMY BHEIXOJAY KBHHa-2 H3 KJIETOK.

B psne ciayyaeB onbiTH ¢ KBHHOM-2 H ¢ypa-2 MOTyT NPHBECTH
K apredpakram. Hanpumep, B 3arpyxeHHbIX KBHHOM-2 TpoMOOLH-
Tax CYLIeCTBEHHOTo MNOBbILIeHHs1 KoHlUeHTpauHH Ca?t B KJeTkax
(cM. pasn. 7.1) ylaercsi J[AOCTHYB JIHIIB C HCIOJb30BaAHHEM TPOM-
6WHa, HO He JPYrHX aroHHCToB. B omnHTax ¢ ¢ypa-2 noBulleHHE
KOHLEHTpalHWH BHYTpuKJieTouHOro Ca%t Habmogaercsi He TOJILKO
npH no6abjieHHH TpoMOHHa, HO H TNOJ JeHCTBHeM aDaxHAOHaTa H
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agpeHanuHa. B 1O e BpeMs ¢ypa-2 He cnocobeH yJaBIHBAaTh
yBesqHueHne KoHueHTpauun Ca2?t B TpoMbouMTax, ecjii B KayecTBe
aroHHCTa HCNOJIb3YIOT (opOOJNOBLIH 3(pHDP — aKTHBATOP NPOTEHHKH-
Hasbl C. Jlauuasi peakuusi KNeTKH MoxXeT OBITh 3aperHcTpHpoBaHa
JHIUbL NPH Hcnosab3oBaHHH 3kBopHHa (P. Erne et al, 1987). Ha-
Jee, B npucyrctBun 40 MKM KBHHA-2 (KOHLEHTpauHs, JHIIb BABOE
npeBbILIAONas YPOBEHb KpacuTesfl, KOTOPHIA HCHNOJNB3YIOT IpPH
H3MepeHHH KoHueHTpauun Ca?t) Gyokupyercsi arperanusi TpoM60-
LIUTOB, TOrga Kak ¢ypa-2 jpaxe B KoHUeHTpauuu, B 10 pa3 npeBH-
wampuei Ty, 4To Heo6XonaMMa AJs H3MEpPEHHSI CIBHTOB B YPOBHE
Ca?*, He BaMsieT Ha arperanuio.

KBuH-2 caMm no cebe cnocobeH MoaudHLHPOBaTh KJETOYHLIE
peakuud. Tak Kak 3TtoT Xpomodop obsajaetr ype3BhlYalHO BHICO-
Kol yyBcTBHTeNbHOCTBIO K Ca?* (Kd=100 HM) u ero ucnonn3sy-
10T, KaK TNpaBHJO, B KOHIEHTpanHAX oKoJo 1 MM, ecTecTBeHHO,
YTO 3HauyHTeJbHOe KoJsnyecTBo Ca?t B KJeTKe oKasbiBaercs 3aly-
dbepeHHBIM MHAHKaTOpOM. TakuM oOpa3oM, KBHH-2 MOXeT JHMHTH-
poBaTh H3MEHEHHs KOHLEeHTpauHu CcBOOOAHOro BHYTPHKJIETOYHOIO
Kaabuusa. ApredpakroB Takoro poja ynaerca usberaThb NPH HCIOJb-
30BaHHH Bosnee «spKHX» KpacHTelei: ¢ypa-2 u HMHIO-1, BBOZHUMBIX
B KJIEeTKY NPH MeHbIIHX KOHIEHTPAaLHAX.

Eue onHa npuunHa apre¢akToB B ONEITaX C KBHHOM-2 3aKJio-
yaerci B TOM, YTO TIpH THAPOJIH3E €ro aleToOMEeTHJOBoro 3¢Hupa
obpasyercst TOKCHYeCKOe coeJHHeHHe — gopmarsdeeud. Bo3aMoxHo,
5THM OOBSICHSiEeTCSl NOBHIIIEHHasi MpoHHUaeMocTh aJdsi Ca?t MeM-
6paH 3pHTPOLIUTOB, 3arpyKeHHbIX KBHHOM-2. KpoMe TOro, nokasaHo,
yTo Ha (uIyopecleHIHI0 KBHHa-2 OKa3blBalOT BJIHSIHHE 3HJO-
reHHble TsKejble MeTanasbl. [Ipu 3ToM ypoBeHb CBOGOAHOrO BHYT-
pukJeroyHoro Ca?+, oco6eHHO TNpPH HCNOJb30BAaHHH HH3KHX KOH-
LieHTPalHii KBHHA-2, MOXeT OKas3aTbCsl 3aHMXKeHHHIM. Hamnpumep,
OCHOBBIBasicb Ha pe3yJsbTaTax ONBITOB ¢ KBHHOM-2, ObLIO NOCTYJIH-
pOBaHO, 4YTO B KJeTKaX KapUHHOMH JpJHXa KoHleHTpapuss Ca?t
ypesBblyailHo HHU3Ka —oT 10 no 80 Hmonw/a. (T. Pozzan et al.,
1982). OnHako usMmepsieMbBIH ypoBeHb cBoGoaHoro Ca2+ 6bl1 TeM
Bbille, yeM GoJiblliee KOJHYECTBO KBHHa-2 OLIJIO 3aXBayeHO KJeT-
KaMH. Bo usbexxanue nojgo6Horo apredekra NpeLsIONKEHO HCHOJb-
30BaTh JIHMHAOPACTBOPHMLIHl XxelaTop rerpakuc-(2-nupuduamerun)-
3TusenOuamur, obnafaoulnil upe3BblYallHO BHICOKHMM CPOJCTBOM K
HOHaM TAXKeJblX MeTaJ/loB U HH3KHM cpoiactBoM K Ca?+ g Mg2+,
H3Mepenusi, BHINOJHEHHEle B NPHCYTCTBHH 3TOro BellecTBa, MOKa-
3aJlH, 4TO HCTHHHas KoHUeHTpauus Ca?t B KJeTKax KapLHHOMB
Apauxa cocraBnsier 100—200 HMonb/ .

TakuM o6pasoM, B 3aBHCHMOCTH OT BblOpa HHJHKaTOpa KaJlb-
LHEeBLIX HOHOB 3KCNEPHMEHTATOp, NHTasiCh BBHIABHTb H3MEHEHHS
BHYTPHKJIETOYHOH KOHUCHTpauuu Ca?t, MOXeT NonyyuTb, HJIH IO-
JIOXKHTEJBHBIH, HJIH OTPHLATEJBHBEIH pe3ysbTaT HJH 3aperHCTPHPO-
BaTb KJIETOYHHI OTBET B H3BpallleHHOM BHJE.
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KaabiueBbie KaHAJIbI
M IEePEHOCYHKH KaJbIHsA
yepe3 0moMeMOpaHbI

4.1. MponnuaemMocTb MeMOPaH AJif KaJbLHSA
H APYTrHX HOHOB

OnuH H3 BaXHBIX (HaKTOpOB, BJHSIOLIHX Ha NOBEIEHHE KJe-
TOK,— U36UpATeAbHAS UOHHAS NPOHUYAEMOCTH UX BHEWHEL MeM-
6panel. VipeanbHass MeMOpana (UCKYyccTéeHHas bucaolnas mem-
6pana), cocrosiuiasi U3 HeMOJAH(HUHPOBAHHBIX MOJEKYJa docdoau-
N2 W He colepikallass HHTerpajbHHIX MeMOpaHHBIX O€JKOB,
IIpaKTHYEeCKH He NpOHHIlaeMa JJI KaTHOHOB. JTO 00YCJOBJEHO
HanuyHeM B GHcJIoe rupodoOHOH rpaHulbl, cGOpMHPOBAHHON OpH-
€HTHPOBAHHLIMH OCTAaTKaMH >XHPHBIX KHCJIOT. OJHAaKO, eclH MeM-
OpaHa comepXHT HeKoTOpoe KoJHuYeCcTBO (pochHaTHAHOH KHCJOTHI,
JgusodopM  docoNunuIoB, NPOAYKTOB IE€PEKHCHOTo OKHCJIEHHS,
NPOHHL2EMOCTh €€ JJIi HOHOB Bo3pacrtaer. boJjee Toro, B psne
ciiyyaeB oOHapy:KHBaercsi H30HpaTeJbHOCTL OHMCJOS [JIi KaTHOHOB.
HanpuMmep, HckyccTBeHHasi meMmOpaHa, copMHpPOBaHHasi H3 OKHC-
JIEHHOro JIHnuja, obJsiajjaeT KAaTHOHHOH CeJeKTHBHOCTBIO, YyOBIRalO-
med B psapy: Ca?t>Mg?t>Ba?t>Srt?>K+>Rb+>Cst>
>NH4t>Na+>Lit (A. V. Lebedev et al., 1984). MoxHo mupen-
MOJIOKHTb, YTO 3TO CBOHCTBO OOYCJOBJIEHO HapyUIeHHEM YNopAno-
YeHHOCTH JIMNHAHOro O6uciyoss U ¢opMupoBaHueM B TrHApodoOHOM
obJsiactH MeMOpaHbl cBoeoOpa3HEIX KATHOHHBIX IOP.

EcrecTtBeHHO, yto Jobas  kKJeToyHas MeMOpaHa OJsaropapsi
NpOTeKaHHI0 Pa3HOOOpAa3HBIX MeTaboJHYECKHX IpoleccoB, B 4YacT-
HOCTH, CBSI3aHHBIX C INpeBpalleHHeM JIHINHAOB, OTJIHYaeTCd IO
CTPYKTYpE OT HAeaJlbHOIl HCKYCCTBEHHOH OHCJIOHHOH MeMOpaHHI.
[ToMumo Meta6onuTOB (HOCHONHNHIOE H KHPHBIX KHCJOT NOBEpX-
HOCTHHle MeMOpaHBl COJepKaT HHTerpasbHble GeJIKH, HEKOTOphle
H3 KOTODHIX, fIBJSASCH CEJEKTHBHBIMM HOHHBIMH TIOPaMH, CYLIECT-
BEHHO CHHXAIOT BEJHUYHHY 3JIEKTPHYECKOrOo CONPOTHBJEHHS OHCJIOA.
B vyactHocTH, BBICOKasi IPOHHLAEMOCTb AJIi XJopa CBOMCTBeHHa
sputpouutTapHoit MmeMbOpane. dto 00BsICHSIeTCS TeM, YTO OCHOBHOMH
HHTerpajdbHbIH OeNloK MeMOpaHH 3pATPOUHTOB (6eA0K noaocot
111) BunoaHsleT GYHKLHIO aHHOHHOTO KaHaJa,
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YeMm oO6ycsoBsieHa CeJEKTHBHOCTh HOHHBIX KaHaJioB B GHOJO-
ruyeckux MeM6paHax? B cooTBeTCTBHH C NPOCTOH H H3SILIHOMH
reopueti Jisenmana (G. Eisenman, 1962), npeasoxkeHHOH# BHaya-
Jie ;IS HOHMpOBOAsiulell MeMOpaHH  HOHCEJNEKTHBHBIX 3JIeKTpO-
OB, CEAEKTUBHOCTb onpedensitoT 08a OCHOBHbLX (hbakropa: pamuyc
aHMOHHOTO LIEHTpPa CBA3HIBaHHS KaTHOHA B KaHaJlle H 3HepPrusi ne-
THApaTalliH KaTHOHa. B ciyyae ofHOBajieHTHBIX KaTHOHOB, HallpH-
Mep, BeJIHYHHA 3HepruH, HeoOXOAHMOH AJs OTLIeIVIEHHs! BOLIH,
ypeauuuBaercs B psagy: Cst (281,5 kIxk/Moap) <<Rb+<<Kt<C
<<Nat<<Lit (533,5 k[ xk/M0Jb).

JI-11 aHHOHHBIX LleHTpOB HauboJbllero paguyca (cuja 3JeKT-
PHYECKCrO TNOJsi KOTOPBHIX HEBEJHKa) CTeNeHb CBSI3bIBaHHUSI KaTHO-
Ha C y4aCTKOM KaHaja onpefessieTci SHeprHeil merHapartauuu:
Cst>Rbt>K+>Nat>Lit. B Tom ciyuae, ecin paauyc ueHTpa
CBSI3bIBAHHS OYEHb MaJi, psiJ CeJEeKTHBHOCTH pacrojaraercs B CO-
OTBETCTBHHM C 3JIEKTPOCTATHYECKHM TNPHTAXKEHHEM aHHOHHOH rpyim-
NHPOBKM K KaTHOHy, T. €. OKa3dumBacTca oOparnbiM: Lit>Nat>
>>K+>Rbt+>Cs+, Mexay atuMu kpaiinuMmu ciaydasamu (I u XI ps-
JaMmH, no JIXK. DiseHMally) pacroJiaraetci JeBSITb NPOMEXKYTOY-
HBIX pPSIOB, AJ5 KOTOPBIX B pPasHOil cTCNeHH NMPOSIBJISETCS «IHepre-
THYECKasi KOHKYPEHLHS» MeXAY CH.1aMH 3JIeKTPOCTaTHYeCKOro
NPHTSI2KEHHs! H crnoco6HOCTbIO KaTHOHAa K ruaparauuk. Ieruppara-
LISl KaTHOHa HeoOxoiMMa BBHAY MaJblX pa3MepoB KaTHOHHOI
nophbl: 4ToOb BOHTH B KaHaJl, KATHOH JOJXeH cOpocHTb ¢ cebs
«BOJHYIO LIYyOy».

Teopuss DitzeHMaHa B mepBoM HNPHOJHXXEHHH YIOBJIETBOPHTEJb-
HO oOBsicHSIeT NPOHHLAaeMOocTb OHOoMeMOpaH, colepxKallMX KaTHOH-
Hble KaHaJibl 6eIKOBOM NPHPOAHL, H MOAEJbHbIX MeEMOpPaH CO BCTPOEH-
HHIMH B HHX KaHaJsoobpasoBatensiMH. B Xojge aHanH3a KaTHOHHOMH
CEJEKTHBHOCTH pas3jHYHHX MeMOpaH, npoBenenHoro A. A. JIbBoM -
(1975, 1976), 6blnO, B YacCTHOCTH, BHISICHEHO, YTO INPOHHLAEMOCTh
KaHajla paHHero TOKa HEePBHBIX BOJIOKOH JATYIIKH NMPaKTHYECKH
coorBercTByer X paay (Nat=Lit>K*+>Cst=Rbt), ans mem6-
panbl, MOAMOHUHPOBAHHOH BaAUHOMUYUHOM, xapakTepeH Il psn
(Rb*>K+>Cs*+*>Na+>Lit), a MakpOUHKJIHYECKHM aHTHOHOTH-
KoM TerpaHakTHHOM — V pan (K+>>Rb+>Nat+>Cst>Lit).

HemoanduuupoBanHass HcKyccTBeHHass MeMmOpaHa o6Jiagaer
BECbMa HH3KOH KaTHOHHOH u36HpartenpHOoCcThlo. CorsacHo A. A.
JIbBy (1976), ona coorBerctByer psary XI. ComoctasuMa JiH Mpo-
HHIlaeMOCTb MeMOpaHHBIX OHcJloeB C NMPOHHIaeMOCThbI) MeMOpaH
KJeToOK B HeBO30yXJaeHHOM cocrosiHuu? OxasaJioch, 4To AJiA MeM-
6paH MHOrHX TIOKOSIIIHXCS KJeToK XapaktepeH IV pam (K+>>
Rb*>Cs*t>Na*+>Lit), noayuusiiuii Ha3BaHHe 6uUOA02ULECKOZO
pada nponuyaemocru (A. A. Jles, 1975). Dtor psan coBnamaer c
TeM, KOTODBIil XapaKTepH3yeT H30HPAaTeJbHOCTL HJISi OJHOBAJIEHT-
HBIX KaTHOHOB HCKYCCTBeHHOH MeMOpaH®BI, comepKaniefi NpOAYKTHI
NepeKHCHOro OKHcJeHHs JunujaoB (A. B. JleGeges u ap., 1984).
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Henb3s ucKIOYHTB, YyTOo 6OJbLIASE CEJNIEKTHBHOCTh NMJ1a3MaTHYECKHX
MeMOpaH IO OTHOIUEHHIO K KaJIHIO MO CpaBHEHHIO ¢ HaTpHeM (Kak
6yler MOKasaHO jaJjiee, 3TO JIEXKHT B OCHOBe oOpas3soBaHHUSI MOTEH-
yuanra noKosa B KieTkKax) o0ycnoBjeHa HaJlHYHeM HEKOTOPOro Ko-
JIHYeCTBa OKHCJEHHBIX JHIHAOB B MeMOpaHe.

Ta6nanua 1. PacnpepesneHne HOHOB no 06e CTOPOHL

NOBEpPXHOCTHOA MeMOpaHb KapAHOMHOLHTA B COCTOSSHHH
NOKOSi M PABHOBECHBbIE NOTEHUHAJB AJSA HEKOTOPLIX HOHOB

Bhekne- PasHoBec-
HoH m:&:{%ﬂ:h' LinTonnasma ;{:{ﬂu: : n Eﬂ;;fp'
MM (Ep)n MB
Na+ 145 15 MM +60 —140
K+ 4 150 » —94 +14
Cl- 120 6 » —80 0
Ca2+ 2 0,1 MxM +139 —209

PasnuyHas mpoHHLlaeMOCThb KJeTOYHbIX MeMOpaH gas Nat, K+,
Ca?t u Cl- siBnsieTcsi OCHOBOI 1JIsl peeyasayuu QU3LOA02UHECKO20
OT68eTG KJeTOK Ha CHUrHaJj, noctynamimuil u3BHe. KakoBa cBsisb
MeXAy HOHHOH NPOHHIAEMOCTBI0 CAapPKOJEMMH Cepilia H 3JIEKTPH-
yecKMMH npoueccaMu Ha HeiH? TpaHcMeMOpaHHHH NMoTeHUHaJN IO-
KOsl KJeTOK MHoKapaa Ey coctaBnsier okosno — 80 MB (3Hak MHHYC
C BHyTpeHHell cTtopoHbl MeMOpaHbl). HoHHHII cocTaB BHeKJETOY-
Hoit cpeabl (6JHM3KHJ cOCTaBy NJa3Mhl KPOBH) XapakKTepH3yeTcs
BhicOKO#l koHuenTpauned Nat n Cl- m Hu3koi#i KoHlenTpanueit K+;
KoHlUeHTpauus Ca?* cocraBasier okoJo 2 mMMmoab/a (Taba. 1).

BuyTtpu knerok kKoHueHntpauus Nat u Cl- cOOTBETCTBEHHO B
10 u 20 pas HHXe, yeM CHapy¥XH, koHueHTpauus K+ noutu B 40
pa3 Bblule: ypoBeHb cBobozHoro Ca?t cocraBisieT OKOJIO
0,1 MEmoub/J. DopMmupyroumHUiics AJMs KaXAOro HoHa paBHOBECHBIH
noreHuHan Ep MoxeTr GHITH pacCUHTaH COIJIacHO ypaBHeHHIO Heph-
cta. JIBHXyIias cusia TpaHCNoOpTa HOHA npejacraBisierT co6oil pas-
HOCTb MeXAYy NoTeHuuasnoM nokoss Ep Ha MeMOpaHe (—80 MB) w
paBHOBecHBIM mnoTeHuuanoM (Ex—Ep). OTpHuaTeNbHOE 3HaYEHHE
(cocraBasitomee, Hanpumep, ans Ca?+— 209 MB) osHayaer, yto
JBHXYI11asl CHNa HanpaBleHa BHYTPb KJETOK.

KakoBEl NOTOKH yeThIpeX HOHOB yepe3 MeMOpaHy KapAHOMHO-
1HTa B coctosiHuH nokosi? CorsacHo 3akoHy OMa TOK uepe3 MeM-
gpaﬂy NponopuUHOHAJleH NMOTeHuHally (B NpHBOAHMOM caydae Ep—

p) HnpoBoauMocty MeMOpaHHl g. Tok Cl—, Kak BuaHO H3 Tabua. 1,
B 3THX YCJOBHSIX OTCYTCTBYET, NOCKOJIbKY HABHXYLIAasi CHJA MAJIs
3TOro HOHa paBHa HyJo. K3-3a cpaBHHTeNIbHO HM3KOH KOHIEHTpa-
IHH BO BHEKJIETOYHOH cpelle H OTHOCHTeJNbHO HH3KOH MNPOBOAHMO-
CTH B COCTOSIHHH NOKOs1 pacnpezneneHHe Ca?t noyrH He BJjHsleT Ha
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noTeHUHaJ TOKOS,, H HM MOXHo npeHeOpeyn. FI3 3toro ciaenyer,
yTo AJis obecneyeHHss cTaOMJbHOrO noteHuuajga Ha MeMOpaHe IoO-
Kosimielcsl KJeTKH HeoOxoauMo, yto6el motokH Nat m Kt Oblu
ypaBHoBelueHbl. B cBsisu ¢ TeM, yto BesmuHHa Ep—F, npuMepHo
B 10 pas Buie g Nat, ueM nas K+, orHowenue gK/gNa co-
craBaser 10. HEIMH cloBaMH, NOTeRyuGa NOKOs KAETKu onpede-
ASETCA NPeUMYU,eCTBEHHO UOHAMU KAAUA.

Bo30yxaeHHe KJETKH pe3Ko MeHsieT CHTyaunHio Ha MeMOpane:
3a cyeT OTKpPHIBaHHSl clelH(pHYeCKHX HATPHEBBIX M KaJllbIlHEBBIX
kaHanoB gNa u gCa 3HayHTeJIbHO YBeJHYHBAIOTCS, YTO BHI3bIBAET
naneHue NoTeHIHasa Ha MeMOpaHe H (opMHpOBaHHE TaK Ha3biBae-
Moro norenyuansa dedcreus. B panbHeiiieM TpaHcMeMOpaHHHI
NOTeHIHaJl BO3BpalLlaeTcsl K HCXOAHOMY B pe3yJbTaTe aKTHBALHH
KaJjHeBhX KaHajoB, a rpajiueHthl KoHueHTpauud Nat, K+ p Ca?t
BOCCTaHaBJIHBaIOTCA OJiarofnaps (YHKLHOHHPOBAHHIO HOHHHIX Haco-
coB, u nepeHocunkoB (Na, K-AT®azn, Ca-ATdaset u Na/Ca-06-
MeHHHKAa, cM. pa3n. 4.3).

Hon Kassvyus ssasercsa pecyssiropom NPOHULAEMOCTU MeM-
6pan. Eme 30 ner Hazan Ob1o ycraHoBineHo, yto Ca?t okasbiBaeT
BJHsIHMe Ha JIH3HC DHTPOLHTOB, BHI3BAEHBIH MEXaHHYECKHM HJH
OCMOTHYeCKHM  Bo3felicTBueM. [IpH noMelueHHWH IPHTPOLHTOB B
pacTBOpPH  HE3JEKTPOJHTOB, HalpuMep JAEKCTPO3H HJH JaKTO3Hl,
OHH OLICTPO TEePAIOT KaJWH M nojBepraioTcsi remounusy. Harpmi
JIMILL YaCTHYHO INpefoTBpallaeT FeMOJIH3, NMPH 3TOM KaJbLHil 00-
JlafilaeT 3HAyHUTEeJbHO 00Jiee Bbipa*<KeHHBIM 3alLIHTHHIM JeHCTBHeM.
B Hacrosiniee BpeMsi yCTAaHOBJIEHO, YTO KaJbUHIi MOAH(HLHPYET
TakXe M INPOHHLAaeMOCTh IOBEPXHOCTHbIX MeMOpaH BO36GYAHMBIX
KJIeTOK. ' '

Cnenyer oTMeTHTb, 4TO cTabuausnpywwui saddekr Ca?+ npo-
AIBJISIETCS He TOJIbKO Ha OHOMeMOpaHax, HO H Ha CHCTeMaX HCKYcC-
CTBEHHBIX MeMOpaH —B JHIIOCOMaX MU Ha GHCJIOHHBIX JIMIHAHBIX
MeMOpaHax.

4.2. Kaapuuvesbie H KaJblLHH3aBUCHMbIE KAHAJBI

Bxon Ca?t B kneTkH ocyulecTBasieTcsi JuH60 B pesyJsibrTaTe ak-
THBalUHH clnelH(pHYeCKHX KaJbLHEBHIX KaHAJNOB, JH60 B oOMeH Ha
HoHh HaTpusl. Paanuuaior Ca-xanaav, peeyrupyemvie membpan-
HbIM NOTEeHYUAAOM, U KAHAAbL, OTKpblBaemble NPU CBA3bIEAHUU
psala azonucTo8 ¢ peyentopamy (HanpuMep, HHKOTHHOBBHIMH pe-
nenropaMH B KJeTKaxX rJafkux MHUIL). Oco6eHHO BaXHYW pOJib
HoTeHUHAJ3aBHCHMble KaHaJbl UrpaloT B KJeTKax cepiua H Heps-
HEIX KJeTkaXx. B uyacTHOCTH, MiaTo moTeHuuasa NeHCTBHS, OTJIHYa-
louee KJETKH CEpAeYHOH MBI OT KJETOK CKeJEeTHBIX MbILULL,
00ycJIOBJIEHO aKTHBallHefi TaK Ha3biBa€MOI0 <MEO0AEHHO20» KaAb-
yueso2o TOKa.
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Oco6enHocThIO «MeaneHHbIX» Ca-KaHallOB fIBJSETCA HX YYBCT-
BHTEJBHOCTb K BeJIHUHHEe MOTEHIHaJla Ha NOBepXHOCTHOH MeM6pa-
He KJeTkH: aktHBauus Ca-xaHasoB HabJofaeTcsl, Kak NpaBHJIO,
NPH BeJIHYHHAX TPpaHCMeMOGPaHHOro noOTeHUHasa okoJo— 50 MB,
IPH NOJIOXKHTEJBHBIX 3HAaYEHUAX NOTEHLUHANa KaHaJbl HHAaKTHBH-
pylorcsl.

IIupokoe HcnoONb30BaHHE TEXHHKH H3MEDEHHS! HOHHBIX TOKOB
Ha M30JIHPOBAHHBIX KJIeTKaX, B YAaCTHOCTH KapJHOMHOLHTAX, IpH-
BeJIO 3a nocJeniHHe 5—7 JIeT K NnepecMOTPY OCHOBHHIX NpeicTaB-
JIEHHH O cBoiicTBaXx KaJbLiHEBBHIX KaHaJjoB. Tak, BHISIBJEHBl KaHaJlhl
L u T-tuna (cOOTBETCTBEHHO 4YBCTBUTEAbKbIC U He 4YBCTBUTENbL-
Hble K Oueudponupudunam — cM. HHXKe), KOTOphe pasjiHyalTcs Io
YYBCTBHUTEJBHOCTH K HMOHaM KaJMHSl U HHKeJs, MeMOpaHHOMY IO-
TeHLHaJly, CKOPOCTH MHAKTHBAallHH U BeJHYHHe reHEepHPyeMoro
HMH TOKa. Bomnpeku npexHHM npeacraBleHHAM OKa3aJloch, YTO
S5TH KaHaJw! 06.;1a1al0T cyllecTBeHHo 6oabuied xasvyuesoli cenek-
TUBHOCTbr0 (IO CpaBHEHHIO C HaTpHeBOH), a Npouecc HHAKTHBA-
IIHH K2JbIHEBHIX KaHaJIOB peryJupyercss He TOJIbKO MeMOpaHHHIM
NOTEHIHAJOM, HO M KOHIleHTpauHed BHyTpHKJetouHoro Ca?+. ns
HEKOTOPHIX HepBHBIX KJIETOK NMOKa3aHO CYylIeCTBOBaHHE TPeThero
THNA KaJblHeBBIX KaHaJoB— N-tuna. Kak M kaHaawsl 7T-THna, 3TH
KaHaJIl He YYBCTBHTEJBbHBl K AeHCTBHIO AHTHAPONHPHAWHOB, OJHa-
KO, B OTJIHYHe OT NepPBHIX, OHH AKTHBHPYIOTCS NpPH 3HAYHTEJbHOMH
JlenoJisipu3aniy MeMOpaHHL

TeM, KTO KeJstaeT OJHXKe O3HAKOMHTBLCA C 3JeKTPOPH3HOJOrH-
YeCKHMH XapaKTepHCTHKaMH KaJblHeBHIX KaHaJoB, 0COOeHHOCTSIMH
HX OYHKUHOHHDOBAHHS B Pa3jiHYHHIX KJeTKax, MOXHO peKOMEeHJO-
BaTb HcuepnuiBawlilnyo MoHorpaguio Il. I'. Kocrioka (1986). Huxe
O6yAyT paccCMOTpeHBl OCHOBHble MPHHUMIMBI PEryJsiiMH 3THX KaHa-
JIOB UM mocJielHHe OGHOXHMHYeCKHe JaHHHE, NPOJHBAIOILHE (fieT Ha
HX CTPYKTYpY.

34ayuTeNIbHBEIl BKJajd B H3yyeHHe CTPYKTYpH H (pyHkuuun Ca-
KaHaJIOB BHECJIH HCCJAeJOBaHHSI C KAAbYUEBbIMU QHTALOHUCTAMU —
6OJIBIIHM  KJ1aCCOM HH3KOMOJIEKYJISIDHBIX COelMHEeHHH, 6JIOKHpYIO-
HIHX KaJsbluHeBble TOKH (puc. 12). C nmoMollbl0 pagHOaKTHBHO Me-
yeHHBIX 6JIOKaTOPOB KaJbLHEBHIX TOKOB YAaJoCh YCTaHOBHTH KOH-
LeHTPALHIO - KaJbl[HEBbIX KaHaJIOB B Pa3HbIX OpraHax M TKaHsX,
H30JIHPOBATb B YHCTOM BHAe (pparMeHTH KaHaJoB L-Tura p BHIsC-
HHTb HX CTPYKTYPHYIO OpPraHH3aiHIo.

Hau6osee yacTo npuMeHsieMBIMH KaJibIiHEBHIMH aHTaroHUCTaMH
ABJISIIOTCSl COeMHEeHMs] W3 rpynnul Oueudponupuduros (puc. 12).
Addekt 6s0KaTOpa KaNblHEBHIX TOKOB HHTPEHAHWNHHA, KaK H (QYH-
KIHA CaMOro KaHaJja, 3aBHCHT OT NOTeHLHaJja: 3TOT KaJiblHeBHIii
aHTaroHUcT BO3AEHCTBYeT JIHIUb Ha HWHAKTHBHPOBAHHHH KaHaJl.
YauBHTeJBHBIM siBJsieTcsl ¢akT, 4TO GJIM3KHE CTPYVKTYpHBIE aHaJIo-
TH HUTPEHAHMUHMHA, HanpOTHB, YBEJHYHBAIOT KaJbI{HERH TOK.
Hcxoasi H3 JaHHBIX ONMHTOB NO H3MEPEHHIO TOKAa uepe3 OLHHOYHHIE
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KaHalbl, cleslaH BHIBOJ, YTO 3TH COeJHHEHHs YBeJHYHBAIOT BpeMs
HaxoxaeHuss Ca-kaHaJsoB L-THna B OTKPHTOM cOCTOsiHHH. bBoJiee
toro, oauH u3 HuX (BAY K8644) nposiBnsieT cBoe aHTaroHHCTHue-
CKOe HJIH aroHHCTHYeCKOe neHCTBHe B 3aBHCHMOCTH OT MeMOpaH-

HOro norteHuuaJa.

CH3 /CH3
= GH C|H3 OCH
CH;0 I 3
? C— (CHy)3 N (CHy)
¢ OCH;
CH;0 m
N
BepanamMui
NO2
0 CFa
| H
CH,0C NO,
C—0CH, I
CH3 . I
H
Htrpenaymin _ BAY K 8644

Puc. 12. MoaudukaTophl NOTeHIHaN3aBHCHMBIX KaJlbIIUEBBIX KaHAJIOB

BepanaMui — HanGosiee H3BECTHHIR KaJbLMeBLIl aHTArOHHCT; HHTpPEHAHNHH — GJoKa-
Top; BAY K8644 — akTHBaTOp

Ycranosneno, yro Ca-kKananaw o006sanalor, no kpadHneil Mmepe,
TPEMA TUNGMU 8bICOKOGEHGPUHHbIX Y1uacTKO8 AJsl KaJbLHEeBbIX aHTa-
TOHHCTOB, B3aHMOJEHCTBYIOLUMMH C IHrHAPONHPHIHHAMH, Bepana-
MHJIOM H IujaTHaszeMoM. IIpH 3TOM cBsi3bIBaHHe BepamaMuJia H OHJ-
THa3zeMa aJIJIOCTEPHYECKH BO3JeHCTBYeT Ha CBSI3bIBaHHE IUTHIAPO-
IHPHANHOB.

KanbuneBbie KaHaJibl L-THNAa HEKOTOPHIX BO3OYyAHMBIX KJETOK
noiBepxeHH 3()QPEeKTHBHON perynsiuuu 6GeTa-a0pexepeuyeckumu
acenramu. Ilon ux peficTBueM yBeJqWuuBaercsi nocrymienue Ca%t B
kjnetku. Ilpu sTOM 6eTa-aroOHHCTH YBEJHYHBAIOT HEe TOK KaTHOHA
yepe3 KaXXIHH OTAeJbHHIH KaHaJ, HO BEepPOSITHOCTb HaXOXJEeHHs
KaHalla B OTKPHITOM COCTOSIHHH. ITHM, B YacTHOCTH, O0GBSICHAETCS
YBEeJIHYeHHe CHJIBl CepAeYHBIX COKpalleHHH NMPH NOCTYNJIEHHH B
KpOBb KaTexoJlaMHHOB. B3anMozneHcTBre AByX BTOpPHYHBIX MeCCEH[-
xepoB — Ca?t u yAM®P —Ha ypoBHe KaJBLHEBOro KaHajla ocCy-

LeCTBJIsIeTCSL clleayloluM o6pa3oM:
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CesisHBaHBe aroHucra (HanpHMep, H3omporepeHona) c GeTa-peLeNnTOPOM—+CTH-
MyJSILMA aleHUIaTUHKIa3b—>yBe/H9eHHe KOHUeHTpaunu UAM®—-akTuBauus npo-
TeHHKHHa3b—+GocGopuaHpoBaHKe Creln(dHUECKOro yuacTKa KaHalla WJIH ChelH-
aNbHOrQ PEryisiTopHoro Gefika—>H3MeHeHHe CBONCTB KaHala L-THNa—-yBelHueHHe

Bxona Ca?t B Klertky.
in

MgAT® yAM® l

Azonucm A20HUCT

Ra

Pu3vor02uvechud
appenm

Puc. 13. Perynauna nocrynnenuda Ca?+ B KieTKy yepe3 CeJIeKTHB-
HHl KaHall noll lefACTBHEM aroHMCTOB, CBSI3HBAIOLIHXCA C pellern-
TopoM (R):

G — II'TQ-cpsisnBaowiuft Genok, C — KaTaJHTHYeCKas eJAHHHNLA ajeHHJaT-
nukaasu, [k — npoTeHHKHHa3a

Bonee peranbuble HccleNOBaHHS MeXaHH3MoOB peryJsiuun Ca-
KaHaJIOB BHIABHJIM yuyacTtHe B Helt [TP-cesasviearoujux pesyrirop-
Hboix Komnonentos (G-6eaxkos) adenuraryuxkaassl. DTH BHYTPH-
meM6panHbie OesJKH 06pa3ylOT MOCTHKH MeXAy TOpMOHaJbHEIMH
peLenTopaMH, MNPOHH3BIBAOIUMMH MeMOpaHy, H KaTaJHTHYeCKON
cyb6bpenunulell ¢ aaeHuaatiHkiaasb (puc. 13). VYcraHoBJIeHO, YTO
peuentopel R u R, B3auMOAeHCTBYIOT C PeryJsTOPHLIMH 6eslKaMu
nByx tHnoB — Gs U G;, obecneyHBa(OUIHMH COOTBETCTBEHHO QKTU-
sayuio M uHeubuposanue adenuraryuxiasel. B nokosiuefics KJjert-
Ke R nonasnsier B3auMopeiicTBue G ¢ aKTHBAaTOPOM aJeHUJATLUK-
nasel — I'T®. CBA3biBaHHE rOpMOHA C PELENTOPOM CHHMAaeT 3TO
nHrubupymouee Bo3zaeificrue. I'TP BoiTecHsier H3 G-6esnka I'IP u
(epMeHT HMHakTHBHpyeTcsi. XoA JaJbHeHIIHX coObITHII NOKa3aH
Ha puc. 13.

MoxHo JH cyuTath, YTO JHIHAPOMHPHAMHOBHI pelLenTtop
npeactasisier cobofi Ca-kaHaa uiau xotst 66l ero vacte? as or-
BeTa Ha 3TOT Bompoc 6blja NMpoBeAeHa OYHCTKA pelLenTopa H ero
BCTpaHBaHHE B HCKyCCTBeHHHle GHcJofiHble MeMOpaHbl. YcTaHOBIe-
HO, YTO pelenTop AHTHAPONMHPHIAHHOB NpeicTaBJisieT cob0OH IJHKO-
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NpOTEeHH M HMeeT OJIHrOMepHYyI0 CTPYKTYpY. OH COCTOMT H3 Tpex
THNOB CYO'BeIHHHL, C MOJIEKYJSAPDHHIMH MaccaMH, paBHEIMH 162,
50 u 33 kM. CyuiectBeHHO, YyTO nepBhe ABe cy6beaunuub ¢ocdo-
punupylorcst nopn aefictBueM uAM®-3aBHCHMON TNPOTEHHKHHA3HL
IIpn BcTpaMBaHMH JAUrHIOPONHPHIMHOBOrO peuentopa B GHCJIOH
Habmaonaercss (OpMHpOBaHHe HOHHBIX KaHAaJIOB, HMeEIOLIHX NpPOBO-
auMoctb  okoJso 20 nCwM, nmpuHYeM O OCHOBHBIM peryJisiTOPHHIM,
OHOXHMHYECKHM M (papMaKOJOrHYeCKHM CBOHCTBaM OHH OKa3hlBa-
torcst 6nmn3kn Ca-kananam L-tuna. TakuM o6pa3oM, HcclieoBaHuS,
BRIIIOJIHEHHBIE € HCMOJb30BaHHEM  JHUTHAPONHDHIAHHOB, BIJIOTHYIO
NPHOJH3NIH yUeHHX K BHsICHeHHIO cTpyKTypH Ca-kaHana.

Kanpuuii okaseiBaer Bo3aeficTBHe Ha MNOTeHLHaJ NJga3MaTtHuye-
ckHX MeMOpaH He Tosnbko 6sarofapsi TpaHcMeMOpaHHOMY mnepe-
HOCY uepe3 crneunMa]H3HPOBaHHBIE KaHaJbl, HO TaKXe pe2yaupys
QKTUBHOCTb Opyeux KAHAA08, B 4acTHOCTH KaJsueBbolX. Cneuudu-
yeckue Ca-aktuBupyemble K-Kanaas, BHISIBJIEHH B CaMBIX pasjiHy-
HHIX KJeTKaxX. PH3HoJIOrHYecKas poJib JaHHHX KaHalloB aJs 60Jb-
IIHHCTBA KJIETOK NOKa He ycraHoBJjeHa. [IpeamonaraloT, uTo OHH
y4acTBYIOT B nepelaye r'yMopaJibHOrO CHrHaja u B Na-3aBHCHMOM
3JIEKTPOreHHOM TpaHcmopte aMHHOKHCIOT. IIpun TakoM mnepeHoce
NPOHCXOAHT JenoJisipH3alusi NMOBepXHOCTHOH MeM6paHbl. Tak Kak
Ca-3zaBHcuMble K-KaHaJskl TakXke OTKDBIBAIOTCS B pe3yJbraTe Jeno-
JApH3aUUH MJa3MajleMMBbl, aKTHBalMsi cHcTeMbl BhiBeleHHs1 Kt H3
KJeTKH NPHUBOAHT K YACTHYHOMY BOCCTAHOBJEHHIO TMOTeHLHaNa H
noaJlepXaHHUIO 3JEKTPOreHHOro BXOJa aMHHOKHCJOT B LIKTOIJIA3MYy.

CyiecTBy0oT HaHHBle O TOM, YTO B peryJsiiui aktuBHocTH Ca-
3aBucHMBIX K-KaHaJIOB npuHHMaer yyactHe cnelH(}HYECKH HH3KO-
MOJIEKYJIAPHHIH GeJIKOBHI peryastop — kaavmoOyarun. Takofi BH-
BOJI OCHOBaH Ha TOM, YTO aHTarOHHCT KaJlbMOAYJHHA — Tpugrop-
nepasur, MHrH6HpyeT aKTHBHOCTb 3THX KaHaJIOB.

4.3. Cucrembl Na/Ca-o6meHa B KJeTOYHbIX
MemOpaHax

¥YcraHoBseHo, uto BhgesneHHe Ca%t M3 caMBIX pasjIHUHBIX KJe-
TOK BO BHEILUHIOIO Cpelly 3aBHCHT OT NMPHCYTCTBHSI BO BHEKJETOYHOM
NIPOCTPAHCTBe UOHO8 Harpus. Ha ocHoBaHHM 3TOro GHIJIO BhiCKa3a-
HO npeanoJioXKeHHe, YTO B IJa3MalieMMe CyLIecTByeT CHCTEMA,
obecnieyyBalollasi CONPSIXKEHHHH pa3HOHANpaBJeHHH TpaHcmem-
6pannsiil nepenoc uoros karvyus u Harpus. CymectsoBanue Na/Ca-
O6MeHHOro MexaHH3Ma OLLJIO NMPOAEMOHCTPHPOBAaHO BHauasje M1
cepaua (H. Reuter, N. Seitz, 1968) u rurantckoro akcoHa KaJb-
mapa (M. P. Blaustein, A. L. Hodgkin, 1968, 1969), a 3atem u
AJA ApPYrux BO30YAMMHX H HeBO3OyAHUMbIX TKaHeR. JIBHKyuiei
cuyoil nepeHoca Ca?t npoTHB ero KOHUEHTPAaLHOHHOrO TIpajiHeHTa
SIBJAETC He TOJBKO IpafHeHT HaTPHeBbIX HOHOB, HO H TPaHCMeM-
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6panHblil moOTeHUHaJ, nockoyibKy Na/Ca-o6MeH uMeer 3.eKTpozeH-
Hy1o npupody. JloKa3aTeJbCTBOM 3JIEKTPOreHHOCTH Npoliecca siBJsi-
€TCsl CHrMOMjajbHasl 33aBHCHMOCTb KOHLEHTpaLUHH BHIXOAALLEro
Ca?* u3 KJ1eToK OT KOHLUEeHTPaUHH HaXxonsillerocss BO BHelUHeH cpe-
ne Nat (kosapduunent Xuasa pased TpeM). I[lpeanosoxenue o
crexuomerpun ob6merHa 3Nat/1Ca%+ noaTBepXKIeHO Ha aKCOHe
NpAMEIMH H3MEepEeHHSIMH BXOASILIUX H BHIXOISIIHX HOHHBIX MOTOKOB
(M. P. Blaustein, J. M. Russel, 1975).

Na/Ca-o6men Moxer obecneuynBath Kak Bxon Ca?* B KJ€TKY,
TaK U ero BHIOpOC B MeXKJeTOYHOe NPOCTPAaHCTBO B 3aBHCHMOCTH
OT moTeHuHajJa Ha MemOpaHe M COOTHOUIeHHs rpaiaueHToB Na u
Ca?+, Tak, B uuronjasMe BO30OYXAeHHOH KJeTKH KOHLEHTpauHs
cBo6onHOro KaJabuMss B cpenHeMm yBeaHuuBaetrcs ot 0,1 Jo
1 MkMoOJIb/n1 U TpaHcMeM6GpaHHBIH Eca, corsiacHo ypaBHeHHIO HepH-
cra (cMm. . 3), yMeHbliaerca mnpuMepHo Ha 30 MB, yto cosnaer
ycnoBusi asisi aktuBauuu BHOpoca Ca?* u3 kaerkH. M3 3Tux nas-
HBIX, OJHAKO, He clelyeT, YTO ABa pa3HOHaNpaBJeHHbIX OO6MeHHBIX
NOTOKa NPeACTaBJsIOT co00H NMOJHOCTBIO CHMMETPHYHBEIE NpOLECCHL.
Oxasanoch, YTO B psiie OpraHoOB H TKaHel, BKkJwouas cepaue, o6-
MeH KaTHOHOB CYLIEeCTBEHHO aKTHBHpyeTca B npHcyrcTtBuu ATQ
C LMTONJIa3MaTHuecKoi cropoHbl MeM6paHbl. C moMouplo aHaJjora
AT® — [y-S]JAT®, B KOTOPOM KHCJIOPOA TepMHHaJbHOro ¢ocdara
3aMeHeH Ha cepy H KOTOpHIH MO 3TOH MpHuMHe sBJsercss cyOcTpa-
TOM NpOTeHHKHHa3, Ho He AT®as, nokaszaHo uyeTHpexXKpaTHOe
yckopeHHe npouecca Na/Ca-o6MeHa B THraHTCKHX aKCOHaXx Kallb-
mapa (R. DiPolo, L. Beauge, 1987). Takum o6pa3oM, maHHHI
nporecc MoxeT OHTbH NMOABepXKeH Ype3BLIYAaHHO TOHKOH peryJis-
IIMH, ONoCpeNOBaHHON NMPOTEeHHKHHA3HBIMH peakKUHsMH (ochopHIIH-
poBaHHs H AedocopHIHPOBAaHHSI CaMOro nepeHoCUHKa HJH cocej-
Hero MHHOpHoro GeJika.

Cucrema Na/Ca-o6MeHa, nmo-BHAHNMOMY, BHOCHT 3HAYHTeJbHBIH
BKJIaJ], B peryJsiiHio YpoBHAI BHyTpHKJeroyHoro Ca?*., Xorsi cpopn-
cTBo nmnepeHocuyuka K Ca?+ cpaBHuTeNbHO HeBeJHKO (Kd=1,5—
5 MkM), MaKcHMaJibHasi CKOpPOCTh KaJbIIHEBOTO TpaHcnopTa, H3Me-
‘peHHasl Ha H30JHPOBAaHHBIX Be3HKYJaX NJasMajeMMBbl, JHOCTHTaeT
20 uMoap/Mr 6enka B 1 c. CornacHo mpeanoJIOKEeHHsIM Ha CHCTe-
My Na/Ca-o6MeHa mamaeT OCHOBHasi Harpy3ka B HayaJbHHH MO-
MeHT mnocJe BO36yXIeHHs KJeTKH, KOrja BeJHKa KOHLEeHTpallus
cBoGonHoro uuromnsasMmaruueckoro Ca?+ (P. Caroni, E. Carafoli,
1981). Ilpu cHuxenun ypoBHs KoHueHTpauun Ca?t B uuromnasme
o 1 MKMOJB/JI ynaljleHHe STOro KaTHOHa M3 KJeTKH obecrneyunBa-
€TCs1 3a CYeT MeHee aKTHBHOH, Ho BhcokoaddpuuHoii Ca-ATdasm
nJasMaJlieMMBL.



4.4. Tpaucnopr Ca2* yepe3 MUTOXOHAPHAJILHYIO
MemOpany

MuroxonOpuu — Knetounbe opraHesJn, obJyanaioliHe HanboJb-
liefl eMKOCTBIO MO OTHOLIEHHIO K HOHaM KaJbiHusi. B orauume or
ApPYruX BHYTPHKJETOYHBIX CTPYKTYpP, Hcnoab3yowux AT® nas ak-
kymyJasuHy Ca2?+, MHTOXOHADHH TPaHCNOPTHPYIOT 3TOT KaTHOH 3a
cyeT TpaHcMeMOpaHHOro 3JleKTpHYeCKOro morteHuHalja (OKOJIO —
180 mMB), xorophiit reHepupyeTcsi CcHCTEMOi MepeHOCa 3JIeKTPOHOB
H NPOTOHOB B XOJe OKHCJeHust cy6cTpaToB AbBIXaHHs: IJyTamara,
CYKLUEHaTa, NHPyBaTa, KHPHBHIX KHCJIOT M T. A. KoHUeHTpauus
Ca?+, nepeHeceHHOro B MHMTOXOHApHAJbHBIA MaTpHKC, NMOALEPIKH-
BaeTcsi B HEM Ha HH3KOM YpOB.Je 33 cYeT CBsI3bIBAHHMS 3TOrO Ka-
THOHA c OeJKaMH H HeopraHuyecKkUM ¢ochaToM.

H3 kako#t 6B TKaHM HH OBUIH BBIAEJN€HB MHTOXOHAPHH, B KaX-
JoM ciydae oHH obsaananu cHcteMoii nepeHoca Ca?t. 3rtot ¢axr,
a takxe OoJiplllasi KaJbllHeBass €MKOCTb MHTOXOHADHH, ecTecTBeH-
HO, HAaTaJKHBaJH HAa MBIC/Ib, YTO MHTOXOHIAPHH NPHHHMAIOT HeINo-
Epencraem{oe yuyacTHe B peryJsiiiH BHYTPHKJETOYHOro ypOBHSA

at,

Huxe paccMOTpeHBl OQCHOBHble nyTu hoe2aoujerus u sulbpoca
Ca?+ muroxoudpuamu.

Ilpu nbIXaHUM MHUTOXOHAPHH TNPOMCXOAHT 3JEKTPOreHHHIH BHIO-
poc B UHTONJIa3My HOHOB BOJOPOZAa M reHepalns rpaaHenta pH wu
SJIGKTDHYECKOr0o INOTEHUHMana Ha BHYTpeHHed MHTOXOHIAPHAJBHOMN
MeMOpaHe (3HaK «—» BHyTpH). OO6pasyowmuiics TaKk Ha3hBaeMblit
asekTpoxumuseckull norenyuanr uovos sonopona (AuH B cootBert-
CTBHH ¢ omnpeneneHueM I[1. Mutuyena) siBisiercss nBHXKyuleHt CcHJIOH
TpaHCIOpPTa KAaTHOHOB M cJabbIX KHCJOT BHYTPhL opraHeJ. Ha
Kaxable J1Ba TepeHeCeHHBbIX MO AbIXaTeJbHON LenH 3JeKTPOoHAa
BHYTPb MHTOXOHADHH TPaHCNOPTHDYEeTCs ABa HOHa KaJjbuud. an-
Hble 0 KMHeTHYeCKHX mapaMmeTpax cHcteMbl Tpancmnopra Ca?t mpo-
THBOpeyHBH. OlHAKO MOXHO cJeJlaTh BHIBOJ, YTO BeJHYHHBI KaXy-
muxcsi Kd ¥ Vmax NpH TpaHCNOpTe COCTABJAAKT COOTBETCTBEHHO
6osee 10 MkM u 500 HMOJB/MI' MHTOXOHIpHAJBHOrO 6esiKa B
1 MHuH.

ITockoabky mnepeHoc Ca?t BHYTPr MHTOXOHApHIT GJOKHpyeETCH
PYTeHHEBBIM KPAaCHHBIM, €CTeCTBEHHO NMPEeANOJOXKHTh, YTO MHUTOXOHI-
pHaJIbHBIH NepeHOCYHK HOHOB KaJlbliMsl MO CBOeH NpHpojle siBJASETCA
2aukonporeunom. K3 MuUTOXOHIDHE BBIJEJNEHO HECKOJIBKO TJIHKO-
NPOTEHHOB, 00JiaflalOllUX OTHOCHTEJbHO BHICOKHM CpPOACTBOM K
Ca?t. BonopacTBOpHMEBIH TJIHKOMPOTEHH KAAbBEKTUH C MOJIEKYJsip-
HOlt maccoli, paBHo#t 15 KI[ (G. Sottocasa et al., 1972), u rugpo-
¢Oo6HbI  Kasbyupopun c MoOJNeKyJNsipHOH Macco#, paBHO# 3 k]|
(A. E. Shamoo et al., 1980, 1984), aBnsitorcs, noxanyi, Hanbosee
BEPOATHHIMH MNpeTeleHTaMH Ha poJb KaJblHEeBOr0 IepeHoC-
yHKa.
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AHTHTeNla MPOTHB KaJIbBEKTHHA, HaxoJlslllerocss B MexmeM6paH-
HOM NPOCTPAHCTBE MHTOXOHADHH, HHFHOHDYIOT 3Hepro3aBHCHMHIH
tpancnopt Ca?t B MuTOXOHAPHH meveHH. He mHckiloueHO, onHaKo,
YTO 3TOT TJIHKOMPOTEHH He yYacTByeT HeNocpelCTBEHHO B TpaHC-
MeM6paHHoM nepeHoce Ca?t, HO «y3HaeT» H CBfI3bIBA€T €ro B
MexxMeMGpaHHOM mpoctpaHcTBe. B TO e BpeMsi KaJbUH(DOPHH,
cnioco6HbBlli cBsA3bIBaTh 1 HMOH KaJibuus ¢ Kd=15 MKM, B KOHLEHT-
pauun 5 MkMoJb/n1 Bo3biBaer 100-KpaTHOe yBesiHueHHe NPOBOMAH-
MOCTH OHCJIOHHBIX JIMDHAHBIX MeMOpaH B KaJiblHHconepIKalled
cpene. Takum 06pa3oM, BO3MOXHO, YTO HMEHHO KaJbLH(OPHH
onocpeayet 3JeKTporeHHbl#i nepeHoc Ca?t.

KanbuueBasi eMKOCTb MHTOXOHADPHH cepAeYHOH MHIUILH, H3Mepsie-
Mas B NpuUCYTCTBHH ¢ocdaTa, cocTaBisieT OKOJIO 3 MKMOJb/Mr 6eJ-
Ka, MakcHMaJsbHasi ckopocTb akkymyasiuud Ca?t— 500 HMoab/Mr
6enka B 1 MuH, a conep:xaHue MuToxoHapuit gocruraer 100 mMr Gen-
Kafr chpoit MaccH. OaHako npH GH3HOJOrHYECKHX KOHLIEHTpaUUsX
Mg?+  (okono 1 MMonb/a) u Ca?t (okoso 1 MKMOJB/JI) CKOPOCTh
nocrynsieHusi Ca?t B MUTOXOHADHH He npesbilliaeT 1 HMoab/Mr 6esnka
B 1 muH. OTclona cienyer, 4To B TeueHue ¢pa3nl pacciabiaeHuss MHTO-
XOHADHH MOTYT akKyMyJHpoBaTb MeHee 1% Bcero Ca?t, cBsi3aHHOrO
¢ TpononuHoM C (cM. riu. 6).

OsHayaloT JIH TnpHBeJeHHHE JaHHBlE, YTO MHTOXOHIPHAJIbHASA
cucteMa TtpaHcnopta Ca?+ cosnauna Ilpuponmofi mnonanpachy? Ilo
Bceil BUAMMOCTH, HeT. KpuBassi aKTHBAaUMH CHCTEMBI TPaHCNOPTA
KaJIbLlHEM HMeeT CHIMOMJaJIbHYI0 (OpMY NpPH yBeJHYEHHH KOH-
nentpauuu Ca%t B MHKpoMoJsisipHOM auanas3oHe. Ilpu nepexopne
KoHueHTpauuu Ca?+ or 1 no 5 MKMOJB/J CKOPOCThH MOTJIOWEHHS
3TOro KaTHOHa Bo3pacraeT B jpecsiTku pa3. Iloatomy npeamosara-
ICT, YTO CHCT€Ma MHTOXOHAPHAJBHOIO KaJbLHeBOro TPaHCMopTa
BKJIIOYaeTcsl TOrAa, Korja NMPOHCXOAUT neperpyska KJETOK KaJlbuH-
eM, HanpHMep, B pe3yJsbTaTe HIUeMHH MHOKapja H nocljeiyloues
ero penep¢py3un (cM. ra. 7). B takom ciayyae BHYTPH MHTOXOHJ-
pHH HaKamJIHBalOTCS 3HayHTeJbHbIe KOJHYECTBAa 5TOr0 KaTHOHA,
Bcaencteue yero uHrubupyercs ATO/AINP-o6meH, yMmeHblIaeTcs
KOHIeHTpaUuHs alJeHHHOBHIX HYKJEOTHAOB, BO3HHKaeT KOHKYpEH-
nua Ca%t ¢ Mg?+ 3a AT® (uctunubiM cyberpatom AT®-cunrera-
3bl siBasiercss MgAT®). B Marpukce MHTOXOHAPHH NMPOHCXOAHT
BhINajeHHe KpHCTaJMJIOB (ocdara kanbuus, H NpH Aajeko 3allej-
IleM npoLiecce 3TH OpPraHesNJIbl paspyuiamrcs. Takum oOpasoM,
BMECTO BHINOJIHEHHsSI CBOEH OCHOBHOH (YHKUMH — NPOH3BOACTBA
3HEePruy — MHTOXOHADHH, BHIKJIOYasch M3 Metabosu3Mma, cnacaior
KJleTKy ot rubesu.

B HeKOTOpHIX ApPYrux opraHax H TKaHs1X MHTOXOHAPHH M B HOp-
MaNbHBIX YCJIOBHIX Y4YacTBYIOT BO BHYTPHKJIETOYHOM THepepacrpe-
Jdenennn Ca?+. B akcoHe, Hampumep, CYLIECTBYIOT MO KpaiiHeii
Mepe ABe KaabyUlaKKYMYAUPYOWUe cucTemsl, obecneyHBalolye
TNOHHXKeHHe KoHUeHTpauuu cBo6oaHoro Ca?t B akcomsasMe 10
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ypoBHsi_okono 0,1 mMxmonan/a. Ilox neficTBHeM HHrHOGHTOPOB MHTO-
XOHIPHAJBHOR NPOAYKUHH 3HepruH KoHueHTtpauusi Ca?t yBesHyH-
Baetrcss 10 5 MkMoJab/a (P. F. Baker, Y. A. Umbach, 1987).

CornacHo AaHHBIM, NMOJyYeHHHIM ¢ nomoubio Ca-cesleKTHBHOIO
MHKpPO3JIEKTPOJa, aKCcomjasMa CONEPXHT JBe 3Hepro3aBHCHMEIE
cucteMhl cBsisbiBaHHs Ca2t, oTyHyalouHecss Mo YyBCTBHTEJbHOCTH
K pPYTEHHEBOMY KpacHoMy. PyHKUHMOHHpOBaHHe OAHOH CHCTeMHI,
6JoKupyeMo#i pyTeHHeBHIM KpacHHM (T. €. MHTOXOHApHaJIbHOMH),
obecneunBaer noHukKeHHe KoHUeHTpauun Ca?t po 0,1 MkmoJb/J,
(YHKIHOHHPOBaHHe BTOPOH — He 4YYyBCTBHTEJBLHOH K 3TOMy CO-
eMHEeHHIO (NpeanoJIOXKHTeNbHO JIOKAJH30BaHHOH B MeMOpanax 3H-
jponnasMaruyeckoit ceru)— g0 0,2 mMkmoan/n. Takum o6pa3oM,
CyIlecTBYIOT O6BeKTH, B KOTOpHX cpoactBo K Ca?t y MHTOXOHZI-
pHH Bhlllle, YeM Y IHUOMIA3MaTHYECKOrO PETHKYJIyMa.

- BrickazaHa rumote3a, YTO CHCTEMbl MHTOXOHApPHAJBHOTO H pe-
THKyJasipHoro tpaucnopra Ca?+ B kjeTKax (yHKUHOHHPYIOT CHH-
xpouHo (G. Fiskum, A. Lehninger, 1982). ITokasano, utro 3Hepru-
30BaHHbBle MHTOXOHADHH NEYeHH B CYCNEeH3HHM NOHHXKAaIOT KOHLEHT-
paunio cBobognoro Ca?t no 0,5 MKMoJb/Jl, 4 BHECEHHe B cpeny
NeyeHOYHHK'X MHKPOCOM NPHBOJHT K AaJjbHefllleMy yMEHBLIEHHIO
ypoBus Ca?* pmo 0,2 mMkmoab/in. Akkymynsuusa Ca2t npenapatom
I9HIOMJIa3MaTHYECKOr0 PEeTHKyJyMa CONpoBOXKJaJiaCh CHHXXEHHEM
ypoBHsi MuTOXOHApHanbHoro Ca%t Ha 7 EMoab/Mr 6enka. Takum
o6pa3oM, MOXHO NPEANOJOXKHTb, YTO B 3aBHCHMOCTH OT YPOBHS
Kaetoynoro Ca%+ kaxnasi M3 KaJbUHHTPaHCNOPTHPYIOLIHX CHCTEM
(MHTOXOHZpHHM HJIH 3HAONJA3MaTHYECKHIl pPEeTHKYJyM) B TOR HJH
P(I:HOﬁ CTeNeHH yuacTByeT B peryJsiiiHi KOHUEHTpauHH cBOOGOLHOIrO

a+,

Ias psaga TKaHel, BKJIOYasi cepleyHyIo, NMOKasaH ()H3HOJIOrH-
yeckn# MexaHusMm Bhixona Ca?t w3 MuTOXOHApHIl, CONpPSIKEHHLIH C
ero o6meHoM Ha Na* (M. Crompton et al., 1978; H. Affolter,
E. Carafoli, 1980). ITo Bceit BuAUMOCTH, 3TOT O6GMeH 3JIeKTPOreHeH
(3Nat/1Ca?%).

Takum o6pa3som, aBuxyielt cunolt o6meHa Ca?t na Nat Mmo-
¥)eT OHTh 3JIEKTPHYECKHH NMOTEHLHaJ] Ha MHTOXOHJPHAJIbHOH MeM-
6pane (3HaK «—>» BHYTPH opraHesibl). Tak Kak 3aBHCHMOCTb BHI-
xona Ca?t u3 MuTOXOHApU#H OT KOHleHTpauuu Na* HOCHT cHrMo-
HuaJbHH Xapakrtep, TO NMPH OYeHb HE3HAUMTENbHBIX H3MEHEHHSX
KOHUEeHTpalMH IHTOmIa3MaTHyeckoro Nat MoXXeT NpPOHCXODHTB
cywectBeHHass aktuBauusa Na/Ca-o6MeHa.

4.5. Cucremnl ATP-3aBucumoro soiegeuus Ca2+
M3 3PUTPOLHUTOB M MbIILIEYHBIX KJIETOK

CymecrBoBanue cucreMbt AT®-3aBucumoro BriBegenus Ca?t us
IHTOIVIa3MBl  KJETOK BO BHEKJIETOYHOE IPOCTPAaHCTBO BNepBhHE
6bisio nokasaHo ana spurpountoB (H. J. Schatzman, 1966). 3ty
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GYHKIMIO BHINOJIHSIET BCTpOeHHass B KJeTOuYHylo MeMOpany Ca-
ATPa3a, akTuBHpyeMas Kaaomo0yasuHom. B nanbHelilleM cHCTeMB
AT®-3aBucumoro TpaHcnopra Ca?t yepes miasMaTHuecKyl0 MeM-
G6paHy ObiH BHSBJEHH KakK B HeBO36YyIHMHX, TaK H BO3-
6yAHMEX, B TOM uucie MblueyHelx (P. Caroni, E. Carafoli, 1981),
KJeTKaXx.

Hau6osiee xopolllo H3yyeHH CTPYKTypa M KHHeTHYecKHe CBOH-
ctBa Kaavmolyaunsasucumoii Ca-ATPa3ser spurpoyuros. TOT
(epMeHT 06s1aaeT BhicOKHM cpolcTBOM Kk Ca%t (Kd Mmenee 1 MKM)
H crioco6eH TNOHHUXaTh ero KOHUEHTDALHMIO B KJeTKe IO KpaHHel
mMepe no vpoBHs 0,1 mkmoan/an (E. Carafoli, M. Zurini, 1982).

TO XK€ BpeMs KaTaJIHTHYeCcKasi aKTHBHOCTb KaJbMOAYJHH3aBH-
cumoii Ca-ATda3n HeBesNHKa: B HHTAKTHOM 3pHTpoOLHTE (pepMeHT
tTpaHcnopTupyer Ca?t co ckopocThio OKoJo 30 HMOJb/Mr GesiKa B
1 muH. HecMorpst Ha HH3KYI0 aKTHBHOCTbL cucteMbl AT®-3aBucumo-
ro BuiBegenus Ca?t u3 3puUTpPOLUTOB, ee, NMO-BUAHMOMY, XBaTaer
Ansl nojijepxaHusi HH3KOH KoHUenTpauun Ca?t B uutOmiasMe 3THX
HeBO3OYyIHMBIX KJIETOK.

Ca-AT®a3za spurpounroB B xofle ruuaponusza ATP obpasyer
gocgpoaruposannoe npoussodnoe (E—P) (P. A. Knauf et al,
1974). IlpenmonaraioTt, YTO, KAK U B rOMOJIOTHYHOM (pepMeHTe H3
capKomnJia3MaTHYEeCKOro peTHKyJayma (cM. pasi. 5.2), ¢ocgopHIHpo-
BaHHBII HHTepMeauat oO6pa3yeTcs Ha acnapTHIBHOM OCTaTKe
AT®aszn. Ha 3TtoM, BnpoueM, KOHYaeTcsi CXOACTBO ABYX TPaHC-
NOPTHHIX CHCTEM. JpPHUTPOUUTAPHHIA (epMeHT oTnHyaeT OGoJibluas
MosiekyJssipHast wMacca (140 k]Il), BHICOKas YyBCTBHTEJLHOCTb K
HHrH6HuTOpPY BaHajaTy, CNOCOGHOCTH HenocpeACTBEHHO CTHMYJIHPO-
BaTbCsl KaJbLMOLYJHHOM.

O6pasoBanue E — P mnpoucxogutr auwp B Ca-copepixaleft
cpene; Mg?+ yckopsier nedpochopunupoBanue ATPasn. B To ke
Bpemsi, eclH  ¢ocdobesok obpasyercss B npucytcTBHH Kak Ca?t,
Tak 1 Mg2?t, To B GeamarHueBoit cpeae oH GLICTPO pacnajaercs.
Takum ob6pasom, Mg2+ BoagmeilicTByeT Ha OAHY H3 NPOMEXYTOUHBIX
craguii peakuHu — o oOrulemleHuss ¢ochara ot pepmeHTa. IATH
JlaHHble TIO3BOJIMJIM NpPEANOJIOXNKHTh CYLIeCTBOBaHHe KOH@popmayu-
OHROL nepectpolixu ¢ocgpobesrka (nepexom E;—P B E.—P).

ITonarator, uro AT®a3a 3pHTPOLMTOB COAEPKHT ABAa Yy4YacTKa
ceaisniBaiusi AT® (D. E. Richards et al.,, 1978; S. Mualem,
S. J. D. Karlish, 1979) — seoicokoagpunneii karaaruruuecxkudi
(Km=2,5MkM) u Huskoagpunnoii peeysaropusii (Kn=200 MxM).
B3aumopeiictBue AT® c HH3KOa(P(PUHHBIM yyacTKOM YCKOpsieT pac-
wernyieHne ¢Qocpobenka. o CHX TOp OKOHYATEJBHO He pelleH
BONPOC O COOTHOILEHHH CKopocteit ruaponunsa AT® u TpaHcnopra
Ca?t atoii cucremoii. OnNBITH, BHINOJMHeHHblE HA OYHMLIEHHOH
AT®ase, BcTpoeHHOH B ¢ocdosunuaHble Be3UKYJbl, YKa3hBalOT Ha
TO, 4T0 cooTHoweHnHe Ca%t/AT® cocraBnser eaunuuny (V. Niggli
et al., 1982).
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‘YBeJinyeHHe KOHIeHTpauuu cBobonHoro Ca?+ B KJeTKe aKTHBH-
pyer Ca-ATdazy 3pHTPOUHTOB JHABYyMsl NYTSAMH: 3a CUET B3aHMO-
JgeiictBHss Ca?* ¢ yyacTKOM KaTaJIMTHYeCKOro LeHTPa, BOBJIEYEH-
HbIM B NEPEHOC 3ITOr0 KaTHOHA, H NPH CBA3LIBAHHH KOMILJIEKCa
KaneMoaynuH — Ca2?t ¢ peryssiTopHelM y4acTKoM. B pesyabrare
[oCTeHero B3aHMOJEHCTBHSI yBeJIHYMBaeTCsl KaK MaKCHMaJjbHas
CKOPOCTh KaJIbLIHEBOTO TpaHcnopTa (NpHMepHO BTpPoOe), TadK H
CpoAcTBO (hepMeHTa K NepeHOCHMOMY KaTHoHy (moutu B 20 pas).

KanbMonynuHcBsi3HBalOL it yyacTok ¢depMeHTa, cBOGOAHHIN OT
peryasitopa (obpaiieH, Kak M KaTaJUTHYeCKHH YYacTOK, BHYTDPb
KJeTOK), OKa3hlBaeT, NO-BHIAHMMOMY, HHTHOHpYIOllee BO3JeHCTBHE
Ha KaTtanuruueckuil yyactok. Ilon mefictBueM KHCABIX (ocGoJIMIH-
JIOB, HEHACBILIEHHBIX »XHPHBIX KHCJOT HJIH OrpaHHYeHHOro NpoTeo-
JIH33, T. e. (PaKTOpPOB, HapYLIAIIWHX CTPYKTYPY KaJbMOLYJIHHCBS-
3HBawoulero yuactka, AT®Pasa craHOBHTCS M HEUYBCTBHTEJNbHOH K
KaJbMOAYJHHY, U He OTJHYHMOH NO KaTaJMTHYeCKHM NapaMeTpam
OT «HaTHBHOro» (pepMeHTa, 06pabOTAHHOrO KaJbMOJYJHHOM.

Huxxe Ha cxeMe mokasaHml JBa pa3/iHuYHBIX MeXaHH3Ma (YHK-
LHOHHpOBaHusa spuTpouutapHoii Ca-AT®da3snl B mMpHCYTCTBHH U B
orcyrctBue kanbmonynuna (Km) (J. A. Cox et al., 1984):

Ca?*

E e— % F (g ———— Mponyk b peaK1Mu

KmCa KMmCa
Ca?

KmCa — E é—- KmCa —.F Ca ———>= Ilponyx sl peakiym

Konuentpauus KaJdbMOAYJHHa B 3PHTPOLIHUTE CYLIECTBEHHO
npeBhllIaeT Kaxylleeci 3HaueHHe Kd nnis KaJbMOJyJ/MHA, OLEHEH-
Hoe mo aktuBauuu Ca-AT®asm (7 MKM u 3—4 HM cooTeercTBEH-
HO), a TakXe KoHueHrpauuto Ca2* B 3710# KiaeTke (1,6 MgM).
[ToatoMy psin HccnenoBaTesiell CYUMTAIOT, 4TO KaJIbMOALYJIHH BBHINOJ-
HSIeT Takxke (QYHKUHIO yuronaa3maruzecxoeo bygepa xarvyuesolx
uonos. Takoit 6ypep Moxer O6HTH Heob6XOonUM 3PHTPOLHTY, KOTO-
pHIH He COHNEpPIXKHT CHCTeMH BHYTPHKJIETOYHBIX MeMOpaH, nmonoOHOH
3HJOMJIa3MAaTHYECKOMY DPETHKYJyMy, Bo Hu30exaHHe KaJblLMeBOM
neperpyskH B YCJIOBHSIX psiia MaTOJIOTHIA.

AnbpTepHaTHBHHl Ccnoco6 3alHTH IPUTPOLHTA OT KaJbLHEBOH
neperpysku (K. K. Wang et al., 1988) cpsizan c aktusanueii Ca-
AT®asn BHyTpHkJerouHo#i Ca-3aBHCHMON NpOTEHHA30H — KaAb-
naunom. JlaHHBH MeéXaHH3M MOXET peaJjlH30BHIBATHCH B KpalHHX
CHTyalHusX, korga KoHueHTpauuss Ca?+ B KJeTKe CYLIECTBEHHO
-mpesuiuaer 10-¢ M. Ilpu Tako# Heo6patumoii Mmomudpukauuu dep-
MEHT yTpauHMBaeT CNOCOOHOCTb K peryJisiiHH noj JeHCTBKEM KaJlb-
MOJYJIMHA.
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Ca-AT®asza capkojeMMBl CepAlla MOXET TaKXKe peryJHpoBaThb-
csi non peiictBueM YyAMdP-3asucumoi cucrtemel nporeuHKuHa3q —
nporeungpocparaza (P. Caroni, E. Carafoli, 1981). Ilpn atom mpo-
HCXOOHT (pOCHOpPHIHPOBAHHE CAMOro (pepMeHTa H IPH ONpejelieH-
HEX KoHUeHTpauusix Ca?t yckopsiercss runposaus ATO. 3Sdpdexr
¢dochopunupoBannss 00ycJIOBJeH INPEKHMYILECTBEHHO MOBHIIEHHEM
cpoactBa ¢epmenta k Ca?t. PocopuHIHpOBAHHBIH NPOAYKT OTJIH-
yeH oT ¢ocdobeskoBoro uHTtepMeanata Ca-ATdasm, obpasyouie-
rocss B XoJle KaTaJHTHYECKOro LHKJIa (epMeHTa. Dusnosoruvyeckas
poiab HAM®-3aBucumoro ¢ocoopuauposanus Ca-ATdasn capko-
JeMMH, paBHO Kak H ¢ocopunnpoBanusi ¢ocponambana B cap-
KONJIa3MaTHYEeCKOM peTHKyJyMe TNoja JeHCTBHEM NPOTEHHKHHA3,
MOXeT 3aKJI0YaTbc B TOM, YTO C €ro NOMOMIbIO peasiH3yercs
NefiCTBHE KaTeXxoJaMHHOB, HanpaBleHHOe Ha JOOCTHIKeHHe OoJjee
6ncTporo pacciabneHuss MHokapaa (cM. ri. 6).

U3 O6ubnnotrekH reHOB TepaTOMbl YesoBekKa BHueseHH JIHK,
KOAMpYIOLIHe TIOJHYI0 aMHHOKHCJIOTHYIO NocJefioBaTtedbHOCTE Ca-
AT®asw niasmatuyeckux MemOGpan (A. K. Verma et al., 1988).
TpancaupyeMass nocjenoBateJbHOCTh comepXHT 1220 aMuHOKHC-
JIOT; MoJeKyJispHasi Macca (epMeHTa cocraBisier 135 k. OxkoJgo
C-KoHueBOro yuyactka MOJIEKYJIbl JIOKaJIH30BaHH KaJlbMOAYJIHHCBS-
SbIBAIOIHH NOMEH M AOMEHHI, oboralleHHHE IJyTaMHHOBOH U acma-
paruHOBOH KHCJIOTAMH H HAaNOMHHAIOIIHE IO CBOEH CTPYKType
KanbMmonyauH. OQHH W3 HHX, KaK NpeanojararmT, MOXET Yy4YacTBO-
BaTh B cBsisbiBaHuH Ca?t. B npyrux yyacTkax MoJIeKyJiHl TakxKe
oOHapyXeHH IOcJeI0BaTeJbHOCTH, HANOMHHAIOIIHE XapaKTEPHYIO
neryio B Ca-cBsi3biBaomHX 06JacTX KaJbMOAYJHHA, TPOMOHHHA
C u napsaabbyMmuHa. Ilpu cpaBHeHHMH KJIOHHPOBaHHOH mNOcJea0Ba-
tesbHOCTH Ca-AT®a3wel nnasMaTuyeckoii MeMOpaHH C NOCJENOBa-
TeabHOCTbIO nentuna Ca-ATdasm 3pHTPOUMTOB BHISIBJIEHO 3HAYH-
TeJIbHOE® CXOACTBO B CTPYKTYpe, HO He HAEHTHYHOCTb 3THX ¢ep-
MEHTOB, IMO03TOMYy cuuTaT, yto Ca-AT®aszn nnasMaTHYECKHX
MemOpan H MeMOpaHbl 3DHTPOLHTOB NpPEACTABJIAIOT Pa3JjHYHBIE
H303HMHI.



KaannueBsin HACOC
MeMOpaH
CAPKOIJIA3MaTHYECKOFQ
pEeTHKYJIyMA

ITpouecc moucka BHYTpPHKJETOHHOro ¢pakrtopa, obecneynBaionie-
ro pacciabieHue MBI, NMOXO0X Ha NETeKTHBHYIO HcTopHio. Eiue B
1942 r. A. Ceut-Ibepan ycranoBui, uto ATQ BH3bIBaeT Kak Co-
Kpamienue, Tak u paccnabsenne Mbunb. IlosgHee B oxHO# H3
¢paxkuuit romorenara J>x. Bennonnom u b. Mapiuem 6bin o6Hapy-
’keH GesKOBHIil (paKTOp, KOTOPHIH NPHBOJAHJ K pacciabJieHHIO MBbILL-
usl B cpene, comepxasileli AT®. Itum ¢akTopom Obljia ppakuus
CapKOIJIa3MaTHYeCKOrO pPeTHKYJyMa, crnocobHasi akKyMyJHpOBAaTh
KaJIbL(HH H3 BHEIIHe# cpeibl.

K coxaseHuio, nosrue rofsl ObIJIH NMOTpayeHH Ha IOHCKH pacT-
BOPHMOro HH3KOMOJIEKYJIsipHOro ¢akropa pacciabJenusi, crnocoG-
HOT'O NMpPSIMO B3aHMOJeHCTBOBaTb ¢ aKTOMHO3HHOM. [lpu atoM ymyc-
KaJi H3 BHAY BO3MOXHOCTb CYLIECTBOBAaHHSI HHOrO MeXaHH3Ma,
IPpH KOTOPOM OT COKPATHTEJbHBIX JE€MEHTOB yHaJsercsi «(akTop
cokpaiyeHusi». He GBIIH cornocTaBJjieHbl [1Ba HHTEpeCHHIX HalJloze-
HHSI: BO-TlepBHIX, OGHapyxeHHe (1958) ¢pakumn ATdasw u3 cke-
JIeTHOH MHBIIINB, OTJHYHOH OT aKTOMHO3HHOBOH H oOCaXJaeMoM
upumepro npu 20000 g, H, BO-BTOPHIX, ¢aKT pacciabjeHHsT TJIH-
LUEepHHH3HPOBAaHHBIX MBILL noj AekcrtBueM IJITA naxe B npHcyT-
crBud AT® u usbeitka Mg?+. Jluwub B 1959 r. A. Bebep ycraHo-
BuJsia, uto AT®a3za akTOMHO3HHA aKTHBHpYeTCS HH3KHMH KOHILEHT-
panusMu Ca?t u Habawopaercss mapanajnenusm B Ca-cBs3biBaloulei
CIIOCOGHOCTH XeJJaTOPOB H HX JeHCTBHH KaK pacchabJuisionHux
areHTOB.

JanbHelinass wupgeHTH¢GHKauuss (¢akropa pacciaabiieHus Oblia
yxe pejoM TexHHKH. [lokasansun, 4To AaHHHH (akTop MoOrJoulaeT
Ca?t+ B npucytctBuu AT®, umeer MeMOpaHHYI0 npupony u obpa-
3yeTcsl H3 pa3BeTBJICHHOH 3HJAOMJIA3MaTHYECKOH CeTH NPH INoJyye-
HMHM MBIUIeyHOro romoreHara. Hakonen, 610 crejiaHO IpeanoJo-
JXEHHe, KOTOpOE JIEIVIO 8 OCHOBY COBPEMEHHOL Teopuu 3/eKTpome-
xaunuueckozo conpsxernusn: Ca?+, 3anaceHHHl BHYTpH TpyOouek u
LHCTEPH PETHKYJyMa, BbICBOOOXKIaeTcsi B MHOMIAa3My noj medcT-
BHEM 3JIEKTpHYECKOro MoJisl, KOTOpoe HHAYLHPYeTCsi AeNoJsipH3a-
1{Hell NoBepXHOCTHOH MeMOpaHbl MBIILIEYHOH KJIETKH.
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Mem6paHbl capKOnJja3MaTHYECKOro peTHKyJyMa— ynobHass Mo-
JeJib AJil H3yueHHs MeXaHH3Ma npeoOpa3oBaHHSI SHEPTHH NMPH ak-
THBHEM TpaHcnopTe HOHOB. JlJis HccJiefloBaHHA OGHOXHMHYECKHX H
CTPYKTYPHBIX CBOHCTB CapKONAa3MaTHYECKOrO PETHKYJyMa HCNOJb-
3YIOT NMPEHMYUIECTBEHHO MHKPOCOMaJibHYI0 (paKLHIO, BBLAeJSEeMYIO
H3 CKEJIeTHBIX MBI KPOJHKa B pe3yJbTaTe rOMOreHH3alHH TKaHH
H nocaenyiouiero audoepeHuHaNbHOro UeHTpHGyrupoBanus. Ilon
5JEKTPOHHBIM MHKPOCKONOM OHa BHINVIAOHT Kak HOBOJIbHO I'OMO-
reHHast cMecb 3aMKHYTBIX NMy3HpBKOB AHaMetpoM oT 50 no 200 uM.
B MeM6panax Takoro npenapara JIOKaJH30BaH BBICOKOMOJIEKYJISIp-
HEIt GenkoBhlfi KomMnoHeHT — Ca-AT®aza, Ha noJio KOTOpOro npH-
xonutcss ot 70 no 90% Bcero Genka. Biaromapsi HCKAIOUHTEJBHOH
IIPOCTOTEe HNAHHOH CHCTEMBl HOHHOIO TPaHCNOpPTAa OHAa B HacTosillee
BpeMsl eTaJbHO OXapaKTepH30BaHa.

OcHosHble cBOUCTBa CUCTEMbL KAAbYLEB020 TPAHCNOPTQ 3aKJIO-
valorcs B ciaenymomieM. 1. IlepeHoc aByx HOHOB KaJjbliusi conps-
JKeH ¢ ruAposu3oM oaHoil MoJsekynbl AT® (A. Weber et al., 1966).
Ilpu 3toM Ha MeM6paHe MoxeT OBITH co3naH Gosaee yem 1000-
kpatHelii rpanueHt Ca?t. 2. B xone AT®asHoi peakuHH NPOHCXO-
IMT o6pasoBaHHe ¢ochopHaHpOBaHHOrO HHTepMenHata E—P
(T. Yamamoto, Y. Tonomura, 1967). HOasa ¢opmupoBanus ¢ocdo-
O6enka Heob6xommM Ca?t, nasa pacwennenus — Mg?t, 3. 3arpyxen-
HBle KaJblUHEM MeMOpaHHble NMy3HLIPbKH B ONpelesIeHHBIX YCJOBHSIX
MOryT KaTtajH3upoBaTb ob6paszoBaHHe E —P npu yyactuu Heopra-
npveckoro (ocara u BuiOpachBath Ca?t HapyXy, CHHTE3HpyS
AT® c Toii e crexuomerpueit Ca?+/ATD, Kak u NpH aKKyMyJisi-
uun  Kaabuus (M. Makinose, W. Hasselbach, 1971; R. Panet,
Z. Zelinger, 1972). TakuMm o6pa3oM, naHHas CHCTeMa HOHHOIO
TpaHcnopTa siBJisiercsl NOJIHOCTbIO 06paTHMOH.

5.1. Crpykrypa u cocraB membpaH
CAPKONJa3MaTHYECKOro PETHKYJyMa

Ilpu 06paGoTKe KPHOCTATHHIX CPE30B MBIILIEYHON TKaHH AHTH-
TelaMd K Ca-AT®daze capkonmjiaamMaTHYecKOro PeTHKyJyMa H BTO-
pPHIMH (pJIyOpeCHHPYIOLIHMH aHTHTeJaMH BHISIBJSIETCSI TycTasi BHYT-
pHKJIeToyHast ceTb. Ha monepeyHOM cpe3e KJE€TKH CKEJIETHOH MBILU-
ub BHAHB A0 1000 siueek, HanmoMHHAIOLHKX NO ¢opMe MNYENHHBIE
cothl. CucTeMa capKOmja3MaTHYeCKOrO0 PETHKYJyMa OIJieTaeT KaXK-
ayo muodubpuany (puc. 14). Pasauyator c8o6o0ubui capKonaas-
MATUYECKUL peTuKyaym, HaH MeMOpaHHBle TpYOOUKH, H COeOuUHU-
TeAbHbIL CApPKONAA3MATUYECKUD peTUKYAYMm, HIH TEepMHHAJbHbE
LHCTEPHB!, KOHTAKTHPYIOILHE C BIISTYHBAHHAMH capkojeMMbl (7T-Tpy-
004YKaMH) HJH C caMOH capKoOJieMMOH.

CTpyKTypHas rereporeHHOCTb CapKOIJIa3MaTHYECKOrO PETHKYJY-
Ma onpepesisieTcsl Pa3jIHYHBIMH (PYHKUHSIMH €ro oTnesioB: MeMOG-
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paHHble TpyGouku morJowaior Ca%t u3 MHONNAa3MH, TepMHHAJNbHLIE
LLHCTEPHB cocOGHH K BhIOpocy Ca?t B oTBeT Ha JenojisipH3alHIo
CapKOJIEMMBI.

MeM6pana capkolJla3MaTHYECKOTO PEeTHKYJyMa COCTOHT Ha
IBe TpeTH W3 6ejiKa W Ha OJHY TpeTb H3 JIHNHIOB. KpoMe OCHOB-
Horo GeJka ¢ MoJieKyJsipHoii Maccoit okosio 100 kIl (Ca-AT@a3za)
B COCTaB CapKONJa3MaTHYECKOro PeTHKYJyMa BXOOAT KaAbCeKsecT-

Puc. 14. YabTpacTpykTypHasi OpraHM3alHsi ydacTKa MHOKapJH-
anbHoRt kyetkn (mo A. M. Katz, 1977):
1 — muodubpunna, 2 — capkonemma, I — T-TpyGouka, 4 — MMTOXOHIDHS,

5, 6 — TepMHHaNbHAA UHUCTEpPH4 H MPOJOJIbHAA CeTb CapPKONJAa3MaTHYeCKo-
ro peTHKyJnyMa, 7 — Z-nkuHsl, 8 — A-nojioca, 9 — I-nonoca

pur (43 x]I1), xasvyuticessviearoujuii 6€40K ¢ BHICOKHM CpPOJICT-
BoM Kk Ca?t (55 k]Il), eauxonporeun u nporeosunud (D. H. Mac-
Lennan et al., 1974; puc. 15). ®yHKUMH 3THX KOMIOHEHTOB OKOH-
yaTesJbHO He BBISICHEHB, XOTS HMEIOTCS BCE€ OCHOBAHHS NpeAanoja-
rath, YTO KaJIbCEKBECTPHH, JIOKAJH30BAHHBHIH BHYTPH TepMHHAJb-
HHX LMcTepH (CM. HHXe), cBSI3HBaeT OOJBUIYIO YacThb KaJibLlHS,
nocrynamomero B HHX B xone AT®dasHoil peakunu (D. H. Mac-
Lennan, P. T. S. Wong, 1971). KanbcekBecTpHH — KHCJIBI pacT-
BopHMHIH Gesiok (40% B HeM NMPHXONHTCH Ha OCTATKH TNIyTaAMHHO-
BOH M acnapardHHOBOH KHCJIOT), B TEPMHHaJIbHHX LHCTEpPHAX CKe-
JIETHBIX MHIIL OH cocTaBisieT 10 20% Bcero Geska. OnHa MoJieky-
Jla KaJIbCeKBeCTpHHa crnocobHa cBA3aTh 43 HOHA KaJbLUHA C KaXy-
ueiics Kd=40 MxM.

Kpome Toro, ¢ MeM6paHOl CapKONJaa3MaTHYECKOTO PETHKYJyMa
ACCOLHHPOBAH 2AUKO2EHOAUTUYECKULL KOMNAEKC, COCTOSIILHH U3
rJHKoreHa, ¢ocgopunasn H KHHasel (¢Qocpopunasn. Ilocaennune
IBa KOMIIOHEHTa OTHOCATCH K pa3psfy nepHdepuyeckHx GeJKOB,
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NOCKOJIBKY OHM Jierko OTLIeNnAsloTcss oT MeMOpaH npH coneBofi 06-
pabotke. TeM He MeHee, MO-BHAHMOMY, HMEEeT MECTO ONpejaeJIeHHOe
CTPYKTYpPHOE B3aHMOJeHCTBHE TI'JIHKON€HOJHTHYECKOTO KOMILJIEKca C
Ca-AT®as3soii, Tak Kak npH ero aktHBauuu nepehoc Ca?t yepes
MeMOpaHBl peTHKyJyMa yckopsieTcsi. B TpybGoukax capkomja3zmaTH-
YeCKOro peTHKylnyMa MeJJieHHhX MHIII CoAepxKaTcsl TaKke H
Ipyrue Oeaku: ¢yaBonporenH yuroxpom bs-pedykrasa, yuroxpom
bs u creapoun-KoA-6ecarypasa. ®pakuusi JuUNHAOB NpeACTaBJeHA
B OCHOBHOM (pOC(OJIHNHAaMH, H3 KOTOPHIX Ha JAOJI0 ¢ocgarudun-
Xoauna npuxopuTes no 60%.

Yumonsaima
ATPasa

RN

Npomeonunud | fruro-

1 / il
I(a@rﬁec- c %

mpU ~ Ca**- cbasibarowud deron
Brympubeaunynsiproe npocmporcmoo

Puc. 15. B3anMHOe pacnosoxkeHHe OCHOBEHX KOMIIOHEHTOB CapKoO-
NJ1a3MaTHYECKOrO PEeTHKYJyMa CKeJIeTHOH MBIULB KpPOJHKAa (Mo
D. H. MacLennan, 1978)

C noMoiupi0 HMMYHOXHMHYECKHX METOJOB AOKAa3aHO, YTO KaJjb-
CeKBeCTPHH H 6eJIOK ¢ BHICOKHM cponctBoM k Ca?+ jokasinsyrorcs
BO BHYTpeHHeM o0beMe capkoIljlazaMaTHuYeckoro petukyJayma. Ca-
AT®a3za npoHusbiBaeT TOJUy MeMOpaHH W He MeHee yeM Ha 1/3
BHICTYNIaeT HaJ LHTOMNJa3MaTHYeCKOH IOBEPXHOCTBIO JIHIHAHOIO
6ucaosi. [IlpeanosaraeMass JoKajdu3auHss B MeMOpaHe OCHOBHBIX
KOMIIOHEHTOB  CapKONJ1a3MaTHYEeCKOro pEeTHKYJyMa  CKeJIeTHOH
MBILINBl MOKa3aHa Ha pHC. 19,

[IpeanpuHuMany MHOro MONBITOK BHISICHHTH BKJAJ OTAEJNbHHIX
6eJIKOBBIX KOMIIOHEHTOB, (OCGONHNHAOB H BXOASAIIHX B HX COCTaB
JKHPHHX KHCJOT B (pyHKUHOHHpOBaHHe Ca-TpaHcnopTHpyOLlel cH-
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cTeMbl peTHKyJayMma. JlanHylo mnpo6JyeMy yaaJjochk peliHTb NyTeM
PEKOHCTPYKYUL CUCTeMbL KAAbYUEBO20 TPAHCNOPTa 68 AUNOCOMAX.
Okasajioch, YTO TPaHCNOPT KaJbLus mocte cojiobunusauun Ca-
AT®asel perepreHTaMu, OYHCTKH (QepMeHTa H MNOCJeAYIOLIEero
BCTPAHBAHHS B JIMIIOCOMBl H3 CaMBbIX Pa3JIHYHBIX JIHIMHIOB (BKJIO-
yasi JJHNHAB PACTHTEJbHOrO NPOHCXOXKJEHHS) BOCCTaHaBJHBaeTCH
NpakTHYeCKH MOJHOCTHIO. Takum obpasoM, AT®dasza capkonasazma-
TUYECKO20 PeTUKYAYMA — eOUHCTBEHHbLL  KOMNOHEHT membOpan,
ocyugecraantovjuil conpascenue eudporusa ATD ¢ nepenocom Cat.

TeM He MeHee JunHAbl a6cONWTHO HEOOXOAHMHI HJisi NPOSIBJIE-
Hust ¢epMmeHTaTHBHOH aKTHBHOCTH Ca-AT®asn. Ob6paboTKa MeM-
6paH capKONJIa3MaTHYECKOro peTHKYyJyMa ¢ochosunasaMy 4 Io-
cJeayioliee ynajJeHHe INPOAYKTOB paculelyieHHs ¢(ocOoJHNHAOB
npHBOAAT K nmnopassieHHlo ATdasb; npu BHeCEHHH 3K30TeHHBIX
JIHITHIOB aKTHBHOCTb (pepMeHTa BoccTaHaBauBaercs (A. Martonosi
el al., 1968).

Insi BBISIcCHeHHs1 cnenH(pHYHOCTH (OCGOJIHNIUHAOB B MOALepKa-
Huu AT®asHoii aKTHBHOCTH OBLI HCNOJNb30BAaH METO] 3aMelleHHS
3HJIOTeHHHIX JIMMHIHLIX KOMNOHEHTOB CapKOMJa3MaTHYeCKOro pe-
THKYyJyMa B XOJe LEHTPHPYrHpOoBaHHS 00pabOTaHHBIX JEeTepreHTOM
BE3HKYJl B rpajgHeHTe NMJOTHOCTH caxapo3nl (G. B. Warren et al.,
1574). OrtBer 6BlT OAHO3HAYHBLIM: (DOCHOJIHNUAHOE OKpYMKeHHe
AT®dasu He okasbiBaeT cneuuduyeckoro Bo3snefictBuss Ha ATO-
THAPOJHTHYECKYIO (pyHKIHIO. JIJIsi coOXpaHeHHsI aKTHBHOCTH (epMeH-
Ta Tpebyercsi JHIIb, YTOOH ¢ HHM OBLJIO acCOLUHMHPOBAHO He MeHee
30 Moaekyn dochonununon. Bosee Toro, moytu Bce 3TH docdoH-
NHAHBle MoOJIeKyJBl Oe3 yiep6a Aysi GYHKUHH MOryT OHITH 3aMme-
1meHH HeHOHHHIM petepreHToM (W. Dean, C. Tanford, 1977).

MeMOpana capKomia3MaTHYECKOrO PpETHKYJyMa HMEET acHM-
METPHYHOE CTPOEHHE H BBIIIAIAHT MOJA 3JIEKTPOHHBIM MHKPOCKOIOM
npH coOTBeTCTBYIOLIleH 00paboTKe Kak TpexcC.oiinHas cTpykTypa.
Ilpu HeraTHBHOM OKpallHBaHHH MeMOpaH Ha HX BHelIHell MoBepX-
HOCTH OOHapYyXXHBAaIOTCA BHCTYNH!, COOTBETCTBYWOLIHE 2udpoghuss-
Holm  ydactkam mosexyar Ca-tpancnoprupyrowiezo  epmenta
(puc. 16).

HauboJsee nemoncTpaTHBHOE 10Ka3aTesNbCTBO aCHMMETPHYHOIO
pacnosioxkenusi Ca-AT®a3el B HaTHBHON MeMGpaHe NOJyYeHO NpH
HCIIOJIb30BAHHH MeTOoJa «3aMOpaXXHBaHHA — cKanuBanus» (D. De-
anier, R. Baskin, 1969). Ins 3toro o6paseu (u301uMpOBaHHBE
MeMOpaHBl, CyCNeH3HH, KYCOYKH TKaHH) MOMeEWAIOT B TJIHIIEPHH,
(QHKCHPYIOT TIJIyTapaJibAerHIOM H 3aMOpPaXKHBAIOT OX.JIaXAEHHBIM
(hpeoHOM. 3aMOpOKeHHHII oOpa3el pacKaJbiBalOT MOJ BaKyyMOM
Je3BHeM OpuTBH (6pHTBAa NMPH 3TOM He peXKeT, HO NEeHCTBYeT Kak
MOJIOTOK) ; 3aTeM NPOH3BOMAAT HanbleHHe pacliensieHHoro o6pasua
TJIaTHHOH M CO31aI0T €ro pemnjiHKy.

Kak BumHo u3 pHc. 16, npu 3ToM ynaercs Kak Gbl pacILenHTh
MeMmOpaHy Ha ABa JHIHOHEIX MOHOcJos. B pesynbrate o6paGoTKu
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5THM METOJIOM HATHBHBIX NY3BIPLKOB BHyTpHMeMOpaHHbIe YacTHLBI
OKa3bIBAIOTCH ACCOUMHPOBAHHBIMH TOJBKO C BOTHYTBIMH  <IIOJIY-
mem6paHamu». B TOM ciyvae, KOrja cKaJIBIBAHHIO MOJBepralorcs
npoTeosunocoMbl co BcTpoeHHOH Ca-AT®daso#, yacTuubl oCHapy-
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Puc. 16. DneKTpOHHO-MHKPOCKONHYECKHE CHOCOGH aHalu3a CTPYKTY-
pHl MeM6paH HAaTHBHOIO M PEKOHCTPYHPOBAHHOI'O CapKOIJa3MaTHue-
ckoro peTukyjayma (CP). A —craHpapTHas 3/eKTpPOHHAasi MHKPO-
ckonus; b — npouecc ¢GopMHPOBARHS CKOJOB (NMOKa3aH CTPEJKaMH)
3amopoxeHHHX MeM6paH (mo C. ®naitwepy u zAp., 1981)

JKHBAIOTC KaK Ha BOTHYTOH, Tak H Ha BBIMYKJOH NOBEPXHOCTSIX.
TakuM o6pa3oM, B Xolle PEKOHCTPYKUHH CapKOMJa3MaTHYECKOro
petukyiyma AT®aza BctpanBaercsi B Gucsof MeMGpaH ciy4yaiHBIM
o6pa3zoM. ITO HeEyAHBHTEJNbHO, NOCKOJbKY U (pochoNHNHAE B pe-
KOHCTPYHPOBAaHHOH cHCTEME paBHOMEpPHO pacnpefiesieHH BO BHYT-
peHHeM H Hapy>XHOM MOHOCJOSX MeMOpaHBbl, B HaTHBHHIX K€ MeM-
Opanax HabJiofaeTcsi acHMMeTpHYHoe HX pacnpenenedune (A. A,
Boaneipes, 1986).
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OcHoBHBIE COOBITHSI, CBsi3aHHbIE C nepepacnpefeneHneM Ca?t
MeXIy LHTOMJIa3MOH MBbILIEeYHOH KJETKH H CapKOIlJa3MaTHYECKHM
PETHKYJYMOM, IPOHCXOAAT B 00JIaCTH Tak Ha3biBaeMHIX Tpuad.
Tpuanel, cBoificTBeHHBIe CKeJIeTHHIM MHILILAM, o6pa3yloTcsi more-
peunbIMH Tpy6oukamu (7-TpyOoukaMmu), NPOHHMKAWIIMMH B IHTO-
NJa3My M SBJSIOUIUMHCS KaK Obl NPONOJIXKEHHEM CapKOJIeMMH, H
TePMHHAJbHBIMH LHcTepHaMH. Mexny 7T-Tpy6ouKaMH H TepMHHaJb-

A

T-Tpydoyra

nCP

T-Tpydoyka

Puc. 17. O6anacTh KOHTakTa MexAy TepMuHa/abHOR LucrepHoit (TLL) m
T-tpyGoukoit B KJeTKaX [ABYX THNOB Ml (CkeJeTHoii — A M cepheu-
HOl — 5) u B pPEKOHCTPYHPOBAaHHOM INpenaparte peTHKYJASPHHX MeM-
6pan (B) (no A. M. Cornett et al.,, 1985):

H — €HOXKa», coenkHsomwas TLl u 7-tpy6ouky; nCP — nponosbnnifi capkonyas-
MaTHYECKHH DeTHKYJyM

HhIMH LHCTEPHAMH, KaK NOKa3blBalOT AaHHbBE 3JIEKTPOHHOH MHK-
POCKOIIHH, CyHIECTBYIOT 3JIEKTPOHHOMNJOTHEIe 06pa3oBaHHs, cBOEOD-
pasHble «HOXKu». Ilpenmosnaraior, 4TO TpHAAHBII KOHTAKT Hrpaert
BaXXHYIO POJib B COKpPallleHHH MBIUIK H, B YAaCTHOCTH, obecneyH-
BaeT nepenayy cuMrHaJja ¢ NoBepXHOCTHOit MeMOpaHBHI Ha TepMH-
HaJIbHBlE IHCTEPHH H BBHIOPOC M3 HHX HOHOB KaJabuus. st cepreu-
HBIX MBIIIL XapakTepHO o0Opas3oBaHHe INPEHMYIIECTBEHHO OHAL,
KOTrla TepMHHAJIbHble HHCTEPHEl CapKOMJIa3MaTHYECKOTO PETHKYJY-
Ma npHMBIKalOT He K 7-TpyboukaM, a K capKoJeMMaJsbHOH MeM-
6pane (prc. 17).

CBeneHHs1 0 CYLIECTBOBAaHHH «HOXE€K» MexXay T-cHcTeMcH H
TePMHHAJbHBIMH LHCTepHaAaMH OBUIH BHauaJie BCTPEYEHH! CKelTH-
yeckH. JleficTBHTENbHO, ¢ NMOMOMIBIO 3JEKTPOHHOI'O MHKPOCKOIA
paHee OHIH «TBePJO NOKa3aHbl» HaJlHYHe HENOCPeACTBEHHOro KOH-
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TaKTa MeXJ1y MHTOXOHADHSIMH, CapKOMJIa3MATHYECKHM peTHKYJYy-
MOM H NOBepXHOCTHOH MeMOpaHOH, HempephIBHAsI CBSi3b fA1pa C
MeMOpaHaMH CapKOMJa3MaTHYECKOTO PETHKYJyMa H ApYrie KOH-
TaKTBl MEXJY BHYTPHKJETOYHbIMH MeMOpaHaMH. Bce 3TH naHHHe
OKa3zaJiuchb apte¢aktaMH. TeM He MeHee GHOXHMHKH cpasy mpen-
NPHHAJH MONBITKH BBIAEJIHTh TPHajABl H3 MHILIEYHOH TKaHH.

Ynasock He TOJBKO H30JHPOBATH CTPYKTYpPH, NOAOCHBIE TpHA-
laM, B KOTOpHIX Mo o6e CTOPOHH MeMOpaHHHIX TpyOouek JIOKaJH-
30Bajuch MeMOpaHHBle TNY3HPbKH C 3JIEKTPOHHOMJOTHBIM cojep-
XXHMBIM (YTO yKasbiBaJiO Ha HX NPHHAAJIEXHOCTh K T€PMHHAJbHHM
IIICTEpHAM), HO H OCYMIECTBHTb HX JHCCOLHALHIO H INOCJEAYIOMYIO
peKOHCcTpYKUHIO. BoJsee Toro, mocjie peKOHCTPYKUHH 006J1acTH KOH-
TAaKTOB MeXJy MeMOpaHHBIMH TpyOOYKaMu H Ny3bIpbKaMH coOxep-
3KaJIH «HOXKKH», Tof106Hble BHSIBJSIEMBIM B TPHajlax KJjetox. B ¢op-
MHPOBaHHH KOHTaKTa ydacTByeT, IO-BHIHMOMY, O€JIOK C MOJIeKYy-
QsipHoM Maccofl 34 kJI. 3IToT 6esOK, OYHILEHHHIH O rOMOreHHOTro
cocTosiHusl, obecneunBaer camocbopky tpuad (puc. 17). Iloka He
SICHO, BBIMOJIHSET JH OH NpocTo (YHKLHIO cKJeHBalomel cybcraH-
LMK, TpHKpENJsis TepPMEHaJbHBle LIHMCTepHB K T-TpybOYKaM, HJIH
Karanusupyer o6pa3oBaHue TpHaibl. CaMoe ynMBHTeJbHOE, OQHAKO,
4yTo 3TOT (paKkTOp, cnocoOCTBYIOIHI caMoc6opKe TpPHAaAM, SIBJSETCS
He NPOCTO CTPYKTYPHHM O6€sKOM, a THNHYHHM (epMeHTOM IJIHKO-
JIH3a — eauyeparsdeeud-3-gpocgpardezudpozenasoll.

OcHOBHOH HHTerpaJibHHf 6GesJOK B T-TpyOouKax CKeJI€THBIX
muliy, Mg-AT®a3za — nosunentHa ¢ MoJeKyJsipHOH Maccoit 103—
107 xJI. H3-3a BHICOKOH KaTaJHTHYECKOH aKTHBHOCTH 3TOro ¢ep-
MeHta (cBhiue 15 Mxkmoab P;/Mr 6enka B 1 MHH B MeMOpaHHBIX
npenapartax, oborameHHuXx 7T-TpyboukaMu) H OJH30CTH MOJIEKY-
JsapHbeiXx Macc Ca-AT®a3nl capkomjia3MaTHYECKOro peTHKYJyMa H
Mg-AT®a3u nosnroe BpeMsi npexnoJiaraniu, yto Mg-AT®aza, npu-
CYTCTBYIOLLAsi KaK NpPHMeCh B IpenapaTte CapKoOIlJla3MaTHYECKOro
peTHKyJyMa, npeacrtasasier cob6oit MoauduuupoBanHylo Ca-ATda-
3y. 3toT ¢epMeHT HasbiBanu b6asasvroil ATPasoid peTukyssaproix
membpar (Ha ¢oHe 6aszanabHoit AT®a3w B npenapate MHKPOCOM
JIONIOJIHHTEJIBHO ~ NpOsiBJsiJach aKTHBHOCTE Ca-cTHMYJHpOBaHHOMH
skctpa-AT®asewl). [Ipennonaranu, yto GasanbHast H 3kcTpa-ATda-
3Bl CNOCOOHBEI K B3aMMHOMY INpeBpalleHHI0. B mosb3y 3TOro cBHIe-
TE/bCTBOBAJ TOT (PaKT, YTO NPH BO3AEHCTBUH JHETEPreHTOB aKTHB-
Hocth Mg-AT®a3sm ucuesaer, a akTuBHocTh Ca-ATdasm yBesn-
YHBAETCH.

Hcnoab3oBanHe aZieKBaTHBIX MeTOJOB pa3zeseHuss MeMOpaH
CapKoONnJjia3MaTHYeCKOro peTHKYJdyMa H 7-CHCTEeMBl, OJHAKO, NOKa-
3aJl0, YTO 3TH (pepMEHTH NpHHAaJJEXKaT pa3JHYHBIM MeMOpaHam.
Kpome Toro, onu pasauyalorcs no psiny ceoiictB. Mg-AT®Paza —
raukonpotedH; B otiHuHe oT Ca-ATda3nl oHa cBsi3bIBaeT KOHKa-
HaBaJHH A M arrJlOTHHHH H 3HAYHTEJbHO aKTHBHpPYETCH MMH; HMe-
€T H303JEKTPHYECKYl0 TOYKY B OoJjiee KHCJaoH obsacty W HHHe PH
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A TeMnepaTypHH# onTHMyM. 3TOT (epMEHT He YYBCTBHTEJIEH K
BaHanaty. AT®a3sa T-tpybouek aKTHBHpYeTCS MHJIJIHMOJISIpHHIMH
KOHUEHTPALHAMH MarHus WJIH KaJbLHSA.

Onna u3 ocobGenHHocTeil Mg-AT®asn 3akaoyaeTcs B TOM, YTO
3TOT (pepMEHT He INOAYHHsEeTCH KHHeTHKe Muxasnnca — MeHrTeH,
NIPOSIBJISASE CBOHCTBA OTPHIIATENbHOH KOONEpaTUBHOCTH MO OTHOILe-
HHIO K cybcTpaTy, H HHaKTHBHpyeTcsi B npucytcTBun AT® (M. P.
Multon et al., 1986). Ha nepBulii B3raan, 3TO CBHAETENbLCTBYET B
NoJIb3y OJIMFOMepHOH CcTPYKTYpH (epMeHTa. OfHAKO He HCKJIOYe-
HO, uTo HHrHOHpOBaHHe (pepMeHTa OOYCJIOBJIGHO B3aHMOJENCTBHEM
AT® ¢ nonosHuTeNbHHM (HEKATaJHTHUYECKHM) YYacTKOM Ha Mo-
Jekyje Mg-AT®asel. IrtorT mpolecc npenoTBpaniaeTcsi KOHKaHaBa-
JIHHOM, IlocJie yero ¢epMmeHT oOpeTaeT clocoOHOCTb I'HAPOJIH3O-
Batb AT® B coorBercTBHH ¢ KHHeTHKO#l Mmuxasnuca — MeHTeH.

®yukuusgs Mg-ATdasn noka He sicCHAa, XOTsl, HECOMHEHHO, YTO
3TOT (pepMeHT AOJIXKEH y4acTBOBATh B Ilepefaye CHrHaJa ¢ NOBepX-
HOCTHOH MeMOpaHH K TepMHHaJIbHBIM LIHCTEpPHAM CapKONJa3MaTH-
yecKoro peTHKyJyMa H perynupoBats BhOpoc Ca?t B uutomnnasmy.
Ilpeanonaraior, yro Mg-AT®a3a obecneynBaeT nojaepKaHHe
COOTBETCTBYIOLIEr0 TpafiHEeHTd INPOTOHOB (3a CYeT I'HApPOJHTHYe-
ckoro pacutensiennsi AT®) no ob6e cropoHn MeMOGpann T-TpybGouKkH
(M. P. Moulton et al., 1986).

5.2. KuHeTHueckmne cxeMbl CONpPSAKEHHUS
ruapoau3a ATP c nepeHocom Ca?+
B MemMOpaHax capkonjia3MarHyeckoro peTukyJjyMa

Ha puc. 18 nokasaH MHHHMaJbHHi TpaHcnmopTHBHIH ILHKa Ca-
AT®a3m capkonjla3sMaTHYeCKOro peTHKysJyMa. B npuHuHNe, oH
anajoruyed uHkaAy peakuuH Na, K-AT®asn (A. A. Bonahpes,
B. H. Measbrysos, 1986). CorsacHo cxeMe neperoc Ca?t conpoBok-
naetcst nepexodamu mexnly 08Yms KOHPOpMAYUAMU (pepMmenTa —
E, u E,, uMerolunMu pasyiHyHoe cpoactBo kK Ca?t u pasHyio OpH-
eHTanuio B MeMOpaHe. Ilpeo6pa3oBaHne 3HepruH MeXXAy y4acTKa-
MH ¢ochopunupoBaus H cBssbiBaHus Ca?t mpoucxonauT npu mpe-
Bpamieduy E, B E;. CymiecrBoBanue nAByx ¢opMm ¢ochosupoBaH-
Horo H Ae¢dochosHpOBaHHOIO ¢(pepMeHTa OBIJIO NMOCTYJHPOBAHO Ha
OCHOBAaHHH ONBITOB IO CBSI3LIBAHHIO JIMFAHIOB H HCCJeNOBaHHMH
IPOMEXYTOYHBIX peaKLHi.

PaccMotpuM GoJjiee gneTajibHO NpeBpalleHHS SHEPrHH B XOJe
TpaHcnmopTHoro uHkjaa Ca-AT®asn. CesisHBavue cyberpara (Mg-
AT®) n Ca?t ¢ pepMEHTOM OCYMIECTBJSIIOTCS HE3aBHCHMO JAPYT OT
apyra (crapun I u 2, puc. 18). dochopuinpoBanne ¢epMenTa B
NpHCYTCTBHH MukpomoJispHoro Ca?t (craaus 2) npuBonuT K 006-
pasoBaHHl0 ¢octobenka, yyscTBuTeNbHOro K AI® (cragus 3).
KnoyeBoft MOMEHT — KOH(pOpMalLHOHHOE mpeBpalleHHe ¢epMeH-
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ta, Bhi3biBalouiee nepexon AJIl®-uyyBcTBHTENBHOH (OPMH ¢ocdo-
6enka B AJld-HeuyBCTBHTENbHYIO. DTOT NpolLecc CONPOBOXKAAETCH
yMeHbllleHHeM cpoactBa ¢epMmenta K Ca?t (cranus 4), nocie
yero Ca?t+ otuienasiercsa ot pocobesika M noctynaet Bo BHYTpH-
PETHKYJIIpHOe NpocTpaHCTBO (cTagus 9).'3ateM ¢epMeHT nedoc-
¢opunupyercs (craguv 6 W 7) M npeTeprneBaeT BTOpPOe KOH(pOpMa-
LHOHHOe H3MeHeHHe (cragusi 8), NpH KOTOPOM €ro CpoACTBO K
Ca?t pHoBb yBesHuHBaercs. [lJis 3Toii peakuuH Heob6xomuM Mg?t,
Ca-CpsasHBaolikil yyacToK (pepMeHTa OKa3biBaeTCsd BHOBb 3JKCIIQ-
HHPOBaHHBIM B LHTONJIa3MaTHYeCKOe NPOCTPAaHCTBO.

2Ca%t All®

AT
EIA]q £+ Cay ‘_ZL, ATO * E,° Ca 1/3 'El"'l;' Ca,

18 41
Ezé—‘ Ey* Pj~=< : = E;—P =< 5/ ~E; =P Cay
~<
ca®”’
Pi H,0 2Ca

Puc. 18. KuHernueckas cxema, onuchiBaioomas ¢yHKunoHupoBaHHe Ca-AT®a3sn
capkonJyasMaTHyeckoro petukysayma (no L. deMeis, A. L. Viana, 1979):
1—7 — crapuu peakuHH (OGBACHEHHE CM. B TEKCTE)

HaHHast cxeMa o0bsicHsieT TaKXe oOpa3oBahHe ¢ochobenka npu
B3aHMOJIeHCTBHH (epMeHTa ¢ HeopraHHueckHM ¢ocgatoM. 310
NPOHCXOAHT B OTCYTCTBHe HOHOB KaJibLHsl B MarHuicopmep:kaiiei
cpefie (craguu 7 H 6) H conpoBoxnaercsi oOpa3soBaHHeM ¢ocdo-
6enka, He uyyBcTBHTeNbHOro K AI®. [Ipu nocnenyromem noGasie-
HHH MHIuMoaspHoro Ca?t (B 3THX yCJIOBHSX epMeHT obJsagaer
HH3KHM cpoacTBoM K Ca?t) AJl®-HeuyBcTBHTeNbHEI (hocdobenok
npespanlaetcs B ¢opmy, pearupyrouylo c¢ BHelHHM AIl® (cra-
Jausi 3) ¢ o6bpazoBaHnem AT,

Kak yxe ykasaHo, cxeMa noctrynaupyer, utro AT®aza B xoxe
KaTaJHTHYECKOr0 LHKJa mnpeTepreBaeT ABa KOHGOPMALHOHHBIX
nepexona. bDBruliH npeANpHHATH NONBITKH o6ecneuuTb CTaOHJH3a-
IHI0 pepMeHTa B ABYX OCHOBHHX KOH()OpMAlLHOHHEIX COCTOSIHHSIX H
3aperdcTpHpOBaTh HX C INMOMOLIbIO 3JIEKTPOHHO-MHKPOCKOMHYECKOTO
Mmetona. C 3TOff LlesIbl0 HCNOJB30BAaJH aHAJOr HeOPraHHYeCcKOro
¢ocara samadar M KaTHOHBH M3 rpynnsl saxranudos (L. Dux
el al., 1983—1985).

Bananart, ob6pasylomuit ¢ AT®a3oii HekoBaJieHTHBHI! KOMILIEKC,
ofecneynBaet KpHcraaiausauuio AT®dasw u crabunusnpyer ¢ep-
MeHT B Ez-KoHdopMauuu. JlaHTaHUIAB TaKXKe MNOTEeHLHHPYIOT KpH-
cTaJllIi3alHI0 (epMeHTa, HO NepeBoAAT ero B [E-KOH(pOpMalHIO.
Pasinyne MeXny KpHCTaJVIH3alHOHHEIMH ¢opMaMu epMeHTa co-
CTOHT B TOM, 4YTO B NepBOM cJyyae ¢epMeHT HaXOmHTCA B (opMe
AHMepa, BO BTOPOM — NPEHMYILECTBEHHO B BHJe MOHOMEpOB.
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AHasu3 penyiHK 3aMOPOXKEeHHBIX CKOJIOB MeMOpaH capKolliazMa-
THYECKOTO peTHKyJyMa, npeaBapHTesJbHO 06paboTaHHBIX BaHaja-
TOM, IIOKa3aJj, 4YTO Ha BHINYKJHIX «NnojJyMeMOpaHax» (cM. pHC. 16)
BO3HHKAIlOT cBoeoOpa3Hble BMSATHHBI, WK yraybseHus. Cospaercs
BreyatTyieHHe, Yyto nosunentun ATdasel Obl raybike «yTONMJeH» B
JUMHIHBI MaTpHKC. B TO >ke BpeMs C NOMOLIbIO HEraTHBHOTO OK-
pallHBaHHsT MeMOpaH YCTaHOBJIEHO, 4TO «HOXKa» AT®asn (cM.
puc. 16) mnocse obpaboTku CcapKoma3MaTHYeCKOro pPEeTHKyJyMa
BaHaJaTOM CTaHOBHTCH KOpOYe H OCHOBHAasi 4acTh (epMeHTa, BHI-
cTynamolasi B UHTOIJIa3My, JoKajnuslyercsi OJauxke K MemOpaHe.
OTH JaHHble KOCBEHHO CBHIETENbCTBYIOT O TOM, UTO IIPH KOH-
¢opManunoHHoM nepexone ATda3n, cBA3aHHOM ¢ H3MeHeHHeM
cpoactBa K Ca?t, npoucXoZHT ee NepeMelleHHe B TIIy6b MeM-
6GpaHHhl.

Ha6monawoTcss JH  cyllecTBeHHble H3MeHeHHS BO BTOPHYHOM
ctpykrype Ca-ATdasn npH nepexofe H3 OJHOrO KOHGOpMAaLHOH-
HOro cocTosiHHsi B JZipyroe? OnHuM u3 HauboJiee aJeKBaTHHX MeTO-
JIOB OLeHKH BTOPHYHOH CTPYKTYpHl (DEpMEHTOB SIBJSIETCA METOX
Kpyrosoro auxpousMma. B AT®a3e capkonjiasMaTHuYeCKOrO peTHKY-
Jgyma 45% npuxomutcs Ha a-cnupatb, 7% —Ha B-cTpYKTYpY,
13% — noBopoTsl mosnnentHAHOH LenH, 35Y% — HeynopsinoueHHBIH
Kny6ok. Ilon neficteuem Ca?t nu6o BaHagarta, cTaGHIH3HPYIOLIHX
¢epMeHT COOTBETCTBEHHO B cocTosinuax E; u E,, coOTHOLIeHHe
JaHHBHIX cTpYKTYp He MeHsiercsi (P. Czermely et al., 1987). Takum
o6pazoM, xoHgpopmayuonnsli nepexod Ca-ATPase ne ceszanm co
SHAYUTEAbHbIMU  UBMEHEHUAMU YNAKOBKU noaunenTudHoll yenu
depmenrta.

Huka npespamenuii Ca-AT®asbl, npencrasieHHbi Ha pHC. 18,
CBOAMT BMeCTe YaCTHhle peaKlHH, KaTaJH3HpyeMble (epMeHTOM.
OnHako HH B 3Ty cXeMy, HHU B ee OoJiee yCJOXXHeHHHIe BapHaHTH
HE YKJaablBaeTcsl OLHO BaKHoe HaOJsomeHue. Mcxons H3 MHOro-
YHCJeHHBIX JaHHBIX, CTau#OHapHHH YypoBeHb (octobenKoBOro
uHtrepMenuata Ca-AT®a3n capKoONIa3MaTHUYECKOro PETHKYyJyMa
(B HekoTOpHIX mpenapatax Gosee 909 O6enkoBoro MatepHasia MpH-
XOJNHTCA Ha MOJIHNENTHHA C MOJIeKyJspHoit Maccoit okoso 100 kM),
o6pasoBaHHoro mnox nelctBueM [y-32P] AT®, He npeBHIiuaer
4 HMoJb/Mr Genka. MHRIMH cJoBaMH, ¢ochOpPHIHPOBAHHIO BCErzia
nojasepraeTcsl NpHMepHO moJioBHHa MoJsekys Ca-AT®aswel. OnHo u3
O0bsICHeHHH 3TOMY AKTy 3aKJIOYaeTcsi B TOM, YTO KHCJIOTOYCTOH-
yuBbie ¢ocpobenkoBrle HHTepMenHathl E\P u E.P o6pasylorcs
IoOYepeAHO B KaXJIOM H3 NpPOTOMepoB (¢epMeHTa, BXOJSIUHX B
cocTaB IHMEPHOrO KOMILIeKca.

He uckmnioueHo, uto B npouecce paborst Ca-ATda3b BO3HHKa-
IoT He 1Be, a 6oJiee ocobenkoBuix ¢opM. Takoe npennosoxeHHe
MOXHO CHeNiaTh, OCHOBBHIBAafiCb Ha MCCJeLOBaHHsiX (QyHKuuil Na,
K-AT®asb, cxogHoit ¢ Ca-TpaHCNOPTHPYIOIIHM ¢epMeHTOM IO
MHOTHM KHHETHYeCKHM NapaMeTpaM.
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Na, K-AT®da3se cBoiicTBEeHHH No KpalHelt Mepe Tpu ghocghopuru-
poeannsly unrepmedara (E\P, E-P u E;P), coorBercTByOllle
AJl®-uyscTBHTeAbHOM H K-HeuyBcTBHTeNbHOH; Al®- n K-uyBcTBH-
TeabHoH; K-uyBcTBHTEeNbHOM M AJlP-HeuyBcTBHTEJNbHOH (opMaM
¢depmenta (A. Yoda, S. Yoda, 1987). CootHolueHHe 3THX ¢OpM
3aBHCHT OT MHKPOBSI3KOCTH IJla3aMaTHYeCKoii MeMOpawnl. Baarona-
PA CYIIeCTBOBAaHHIO MHOXecTBeHHbHIXx ¢opM docdobeska Na, K-
AT®asnas peakuusi, no Bcefi BHIHMOCTH, cnoco6Ha OCYLECTBJIATh
He OIHH, a Mo KpaliHeil Mepe IBa pAa3/JIHYHBLIX PEAaKLHOHHBIX LHKJA.
MOXHO MNpenJoXKHTb, YTO HECKOJIbKO LHKJIOB MOXKET KaTaJH3H-
poBath H Ca-AT®asa.

5.3. Crpykrypa Ca-AT®a3bl capKonja3MaTHYeCKOro
PeTHKYJIyMa

Ha pnc. 15 1 16 Ca-AT®a3a capkonia3MaTHYeCKOro pPETHKYJY-
Ma IpeficTaBjeHa B BHIe TeTpaMepa. BuBoA 0 TeTpaMepHOH OopraHu-
3auMu pepMeHTa OHIJI CeslaH B pe3yJibTaTe CONOCTABJIECHHS KOHLCHT-
pauHu YacTHL, BHICTYNAaIOUIHX Ha BHELIHEH NMOBEPXHOCTH MeMOpaHH
Ny3LIPHKOB H BHISIBJISEMBIX TIPH HEraTHBHOM OKpAILKBAHHH, H BHYT-
puMeMOpaHHBIX YacTHL, OOHapyXHBaeMbIX MeTOILOM 3aMOpaxHBa-
HuAl — cKaJsieiBaHuA. [lepBbIX uacTHl OKa3wiBaetcsi B 3—4 pa3sa
6oJiblile, 4YeM BTOPBHIX.

Tem He MeHee mo cHX noOp AHCKYTHpPyeTCsi BONpOC, neHCTBH-
TEJIbHO JIH KaJbLHATPaHCIOPTHpPYIOLIHE O€JIoOK capKoljla3aMaTHye-
CKOTO peTHKyJyMa (DYHKLUHOHHPYET B COCTOSIHHH oauromepa. Ilpen-
JIOKEHH CXeMH, COTJIaCHO KOTOPBIM MOHOMep (hepMeHTa He TOJIbKO
ocyulectBiasier ruaposau3 AT, Ho u obpa3yer Kanas, ceNeKTHBHBI
nias Ca?t. B mosb3y 3TOro nNpennosoXeHHS CBHIETEJIbCTBYIOT
CJe/lyIoliHe JaHHBIE.

B pesysbTaTe orpaHHuYeHHOTrO TPHICHHOJH3a (pepMeHTa H3 CKe-
JeTHOR H cepaeyHod Mbiuy (pHc. 19) 06pasyloTcsi KpynHble
(parMeHTH ¢ KaXXyLIHMHCH MOJIEKYJSIPHBIMH MacCaMH OKOJIO 55 H
45 xJI (pacmenyeHne B yyactke 7y, ¢parMentst A u B cooTBercT-
BeHHo). Bosee naurenpnass obpabotrka (epMeHTa TPHIICHHOM TpH-
BOLHT K INOSIBJIEHHIO (parMeHTOB C KaXXYUIHMHCH MOJIEKYJSpHbIMH
Maccamu 30 u 20 kI (¢pparmentnr A; u A, COOTBeTCTBEHHO, pac-
LlenJieHHe B yyactke 7I2). Ha ocHoBe maHHBIX 06 aMHHOKHCJIOTHOH
NI0C/IeJOBaTeIbHOCTH  (pepMeHTa HCTHHHBHIE MOJIEKYJISIpHBIE MacChl
¢bparMenToB cocraBasnT 55, 54, 33 u 20 k. PocopHaHPOBaHHBI

 non peictBheM [y-32P] AT® wunrtepmennatr AT®asb okasbiBaer-
cfl JIOKaJH30BaHHbLIM B A-¢parMeHTe H €ro TPHNTHYECKOM IPOH3-
BogHOM A;-pparmeHnte (puc. 19).

Tpuntuyeckne ¢pparmeHTH Ca-AT®dasbl MOryT GuITh pasfeseHbl
C IIOMOUIBIO NPOCTOM KOJIOHOYHOH XpoMaTorpacgHH HJIH NyTeM Ipe-
napaTHBHOro 3JjeKTpodopesa B NPHCYTCTBHH JeTepreHTa AOAEIHJI-
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cyabdara Hatpus. Ilocie BcrpanBauus ¢parMeHtoB A u A: B
6)cJolHbBle JIHMIHAHble MeMOpaHbl HX 3JIEKTPHYECKOe CONpOTHBJIE-
HHe pe3ko napgaer. IIpu 3TOM HaHOoOJbliee NajeHHE CONPOTHBJE-
HHsl Ha6JlogaeTcsi B NpPHCYTCTBHU HOHOB KaJabuus (A. E. Shamoo,
D. H. MacLennan, 1974, 1975). ®parMedt B He mposiBJisieT BHI-
COKOil CEeJEKTHBHOCTH NO OTHOILIEHHI0 K KaTHOHaM, a ¢parMeHt A,
NpaKTHYeCKH He BJIHseT Ha 3JeKTpHYeCKHe cBoiicTBa MeMOpaH.
BaHo, uTo HMeHHO B Az-¢parMeHTe JOKaJH30BaH BbicOKoap(dHH-
HRIfi yuacToK cBs3biBaHus Ca?t.
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Puc. 19. JeHcutorpaMMa pasfieieHHHX B TOJHAaKpHIaMEIHOM rejle TPHNTH-

yecknx ¢parmenToB Ca-ATdasn ¢ KaKyIIUMHCH MOJEKYJISPHHMH MaccaMH 55

(A), 45 (B), 30 (A,K n 20 (Az) kI (I) n BkmouenHe MeueHoro ¢ocara B
- 1 A;-pparmentel AT®a3 u3 cepeustot (1) u ckenernoit (2) muiwn (I1)

Cnefyer OTMeTHTb, YTO [0 HAcTOslero BPeMEHH He H3BECTHO,
B KakOM HanpaBjeHHH pa6oraeT KaJjbuueBblli kaHan ATdasnL
TeM He MeHee NpHUBeIeHHble NaHHbIE CBHAETEJbCTBYIOT O NPHHUH-
NHAJbHON BO3MOXHOCTH HE3QBUCUMO20 (PYHKYUOHUPOBAKUSL MOHO-
mepos Ca-ATPasul. Ilpeanosaraemoe B3aHMHOe pacloJOXKeHHE
¢parmenToB Ca-ATda3n M CTpyKTypa KaHaja MpelCcTaBJieHH Ha
puc. 20.

O6pa6oTka mNy3bIpbKOB pETHKyJyMa HEHOHHHIM JleTepreHTOM
noieunynokrasTuiaeHraukoneM (CjEg) npuBoAHT K 006pasoBaHHIO
MoHoMepHBIX ¢opM Ca-AT®a3n. Ilpn 3TOM rHAPOJHTHYECKAs aK-
THBHOCTb (pepMeHTa, a TaKXe OCHOBHble ero (yHKIIHOHaJbHHE
LnapaMeTphl coxpaHsilorcs. DBoJsiee  Toro, mocse pPeKOHCTPYKUHH
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cBOOOJHOrO OT IHAOTeHHOro JIMNMHAA (pepMeHTa B NPOTEOJHIIOCOMH
C COXpaHEeHHeM ero MOHOMepHOil opraHu3auuH (32 cyeT 3HAYHTEJIb-
HOro «pasbaByieHusi» Oeslka JIMIKAOM) OKa3blBaeTC BO3MOXKHBLIM
3apeructpuporats AT®d-3aBucuMblit TpaHcnopt Ca?t (J. P. An-
dersen et al., 1983).

Hrak, kakuM cnoco6oMm ocymecteiaser AT®a3a HHTAKTHOro
perukynyma rufpoius AT® u nepeHoc Ca?t: QyHKUHOHHPYs Kak
MOHOMep HJIH oJauroMep? Ita npobiema Moxker ObITh pelleHa C

HCMONb30BAHUEM BEUIECTB,

«— —» CeJIeKTHBHO CBSI3LIBAIO-
&— —® | juxca c OAHOH H3 popM
&— =8| ATda3sm, Hanpumep c no-
%5000 MOIlbIO aHTHTEN K ep-
&7)77 Mevty. OnHO M3 MOHOKJIO-
1 HajabHbIX aHTHTEeN K Ca-
AT®daze O6aokupyer Ha
90—95% mnepeHoc HOHOB
Ca?* BHyTpb pETHKYJSAp-
HbIX Ny3bPbKOB H Ha 80—
Puc. 20. Mogenp B3aumuoro pacnonoxeuusi 899 FHIPOJHTHYECKYIO aK-
Tpuntuueckux ¢parmentos Ca-AT®asm petd- tupHocTh ¢GepMenta (D.O.

KyJlyMa M npeAnoJiaraeMasi CTpyYKTypa KaJjb- L
LHEBOro KaHaJa (3auITpHXOBAHA) (no LeVItSky et al., 1985)' noﬂ‘

Mp-ATg 14 T

«c—— =

A. E. Shamoo, J. J. Abramson, 1977): AEeHCTBHEM IeTepreHta
Ty u T;— MecTa pacClyenJieHHs] MOJHNENTHAHOR 1lle- C12E8 HHFHﬁprmmee Aen-
M TPHNCHHOM CTBHe aHTHTesJa Ha ATO-

a3HYyI0 aKTHBHOCTb Hcuye3a-
er. M3 s3Toro cnemyer, 4TO JaHHOe AHTHTEJO B3aHMOIeHCTBYeT
TOJBKO C (pepMEHTOM, HAXOASLUHMCH B OJHIOMEpPHOM COCTOSIHHH.
Jlpyroii BLIBOA cocTOHT B TOM, uTo ATPaszHasm aKTHBHOCTb B HH-
TaKTHHIX Be3HKYyJaX CapKONJa3MaTHYeCKOro peTHKYJyMa, yCTOHYH-
Basi K aHTHTeay (oT 15 mo 20%), obycnoByieHa ¢GyHKIIHOHHPOBaHH-
eM (epMeHTa B MOHOMepHOH ¢opMe. OcHosHas 4acTe MONEKYA
AT®asvl ocyujecTeaser c80r0 (DYKKYUIO KAK oauzomep.

Xors kuHeTHueckne acnektol Ca-AT®daswl HccsieloOBaHbI JOCTa-
TOYHO AETaJbHO, MOJHBLIH MeXaHH3M (YHKUHOHMPOBaAHHA (PpepMeHTa
MoxeT OHITb YCTaHOBJleH JIHIUb HAa OCHOBAHHH 3HaHHA €ro mnep-
BHYHO! CTPYKTYpH, BO MHOrOM AeTepMHHHpyolleii 6oJiee BHICOKHE
YPOBHH opraHu3zauuiH Oenka. Pabory noc BHSCHEHHIO TepBHYHOM
ctpyktypel Ca-AT®asbl capkKomja3MaTHYECKOTO pETHKyJyMa cKe-
JIETHOH MBIIILE! MyTeM aHajJH3a aMHHOKHCJOTHHIX MOCJeI0BaTeJb-
HOcTeHl OTAEeJIbHEIX (pparMeHTOB (pepMeHTa OCYLUIECTBJSAJH B Teuye-
HHe psija Jet B HeckosibKHX rpynnax CLUIA, Kananu u Beauko6pura-
HHH H yueHHe, Xa3aJlocb OH, OBIIH coBceM OJH3KH K peLUeHHIO
rnocrasjieHHOH 3amauyd. M3 1017 aMHUHOKHCJIOTHHX OCTaTKOB, COCTaB-
asomux Monekyay AT®aswl, B 0611yio nocen0BaTeIbHOCTb He GhlJIO
BkJIoueHo Jaulb 180 amuHokucnor (G. Allen et al., 1980). O6nacrb
6eJiKa ¢ HeyCTaHOBJIEHHOH NMePBHYHOH CTPYKTYPOH fIBJiAJach KpaiHe
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ruapopobHOft (Tosbko 319, aMHHOKHCJOT HMeJ NOJASAPHYK NpHpo-
V), H BCe NOIBTKH JaJbHellliero pasneneHnsl H aHaju3a CTPYKTYpH
ruipobo6HBIX nenTHaoB 6bliy 6e3ycrnelHH.

Pabora no cekBeHHpOBaHHK® MeMOpaHHBIX 6GeJKOB TpaIHUHOH-
HHIMH MeToJaMH MOXeT AJHTHCH FOAaMH H B KOHLE KOHLOB He
NIPUBECTH K MNOJIHOH paclingpoBKe HX cTpyKTyphl. CylLiecTBeHHBIM
NOJACNOPbEM OJS HCCJeNOBAaHHH MEPBHYHOH CTPYKTYpH CAyKar
MmeTO0bL UMMYHOXUMULECKO20 AGHAAU3A poOdcTBeHHblx Geakos. C ux
NOMOULIBI0 MOXXHO ONPEAeNsATh CTeeHb HMMYHOJOru4eckofi 61H30CTH
6eJIKOB, H30JIHPOBAaHHBIX M3 pPas3JHYHBIX OpraHoB H TKaHeH. Cuu-
TAIOT, YTO YYaCTKH NOJHIENTHOHOH lelH, JIOKaJH30BaHHLIE BO
BHYyTpeHHell o6sacTH 6esJKCBOH MOJIEKYJbl, BECbMa KOHCEPBATHBHH!
B Tpolecce 3BOJIOUHH H OJH3KH (€cJH He HIEHTHYHH) y roMoJio-
THYHBIX (epMEHTOB Pas3JIMYHHIX XKHBOTHBIX: MOZH(pHKaUHH (3aMeHe
OIHOH HJIH HECKOJIbKHX aMHHOKHCJIOT) MNMOJABEpPrarTcs NeNnTHAH Ha
nosepxHocTH OenkoB. M MeHHO TaMm pacnoJsaraercsf 6OJIbIIHHCTBO
aHTHTreHHBIX y4acTKOB. Ha OCHOBaHHH HMMYHOJIOTHYECKOTO HHIEK-
ca pa3JjIHYHs MOXHO JOCTaTOYHO aJeKBaTHO OLUEHHBATHL pa3JjIHYHs B
AMHHOKHCJIOTHOH TOCJeJ0BaTeJbHOCTH O€JKOB B COOTBETCTBHH C
sMmnupuueckoit popmyaoii (E. M. Prager, A. C. Wilson):

X=201Igl,

rie X — NpoOLeHT pas/iHyusi B IOCJENOBAaTeNbHOCTAX, [— HMMYHO-
JIOTHYECKHII HHJEKC pa3JIHYHS.

HccnencBanHe nepeKpecTHOH peaklUWH aHTHCHIBOPOTKH K Ca-
AT®aze ckesneTHOH MBILIIB KpOJHKa C NpenapaTtaMH capKoIJas-
MAaTHYECKOTO PeTHKyJlyMa M3 CepAeYHHIX H CKeJIeTHhIX MBIl pas-
JIHYHHIX XKHBOTHHIX IO3BOJIHJIO OLEHHTb cTeneHb OJIH30CTH (hepMeH-
0B K3 pasHbiXx MbiuL (P. DeFoor et al., 1980). Megekc uMMyHO-
JIOTHYECKOr0 pasJIH4YHs  [I0Ka3aJ, BO CKOJIBKO pa3 HeoGXO0aHMO
YMEHBIUIHTL pa3BefieHHe AHTHCHIBOPOTKH IJISl HOCTHIKEHHSI TOTO JKe
IPpOLEHTa CBfA3LIBaHHS KoMIJieMeHTa (HanpuMmep, 50%), uto u c
npenapaToM H3 CKeJIeTHOH MHILUIB KpoJHKa. Kak BuIHO M3 pHC.
2], TKaHeBble HMMYHOJIOTHYeCKHe pa3JIHYUA NPEBOCXOAAT BHAOBHIE:
Ca-AT®asn u3 CKeJETHBIX MBI KPOJHKA H KPBICH NPaKTHUECKH
HIEHTHYHB], B TO BpeMsl KaK HHAeKc pasnuyusa Mexnay ATdaszoi
CapKoOMJa3MaTHYECKOTO PETHKYJIyMa H3 CKeJNeTHOH H cepAaevuHof
MBI KPOJIHKA NpeBbIllIaeT 5, YTO MOXKET COOTBETCTBOBATH 3aMEHe
no 149% aMHHOKHCJIOTHBIX OCTAaTKOB B TFOMOJIOTMYHHIX GeJiKax.

B nab6opatopun [. MakJleHHaHa Oblna NMpelnpHHATA NONBITKA
NONONTH K BLIAICHEHHIO MNEPBHYHOH CTPYKTYpH (epMeHTa, HCXOs
H3 nocyieoBaTeIbHOCTH KoMnaeMeHTapHo# eft JITHK (D. MacLennan
el al,, 1985). Crpateruss srtoro moixona 3akjiyajach B cleaylo-
meM. bBubauoreku JHK, comepkaBliHe THICSYM KJOHOB, GBIIH
NpOaHaJH3HPOBAaHEl C TNOMOLIBI0O PaAHOAKTHBHO MEYEHHOrO OJIHro-
HYKJIEOTHJa, KOMIJIeMeHTapHOro HeOOJBIIOH MOCJeN0BaTeJbHOCTH
AMHHOKHCJIOTHRIX OCTaTKOB H3 ruapo¢go6bHoii nmopuun Ca-ATPasmn
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(uMeHHO 3Ty MOPIHIO He YAAJoCh PacCliH(poBaTh C HCNOJb30BaHH-
€M TPaJHLHOHHOrO NoAXoma). ITO NpHBeJO K BHIEJEHHIO IBYX
KJIOHOB, CNnoCOOHBIX K IepeKpecTHOH rHOpPHAHM3allHH H KOZHPYIO-
LIHX JiBe ¢OopMH (pepMeHTa: U3 GHCTPHIX CKeJIeTHHX MBIIIIL H CEpJ-
na. Onun M3 kJOHOB (3722 map OCHOBaHHi) KOOHPOBAJ MOJIHYIO

G dA
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wob  +— Cepdye —— | Cxenemman menwye —
. m ©

Pucaqus  Komnremenma | °fo
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Puc. 21. Banoeuwe n TkaneBne oramunsa Ca-AT®a3s capko-
NN1a3MaTHYECKOrO PETHKYJyMa, BHISIBJEHHHEe HMMYHOJIOrnYe-
ckuM MetonoM (no P. DeFoor et al., 1980).

B KayecTBe aHTHTeJa HCMNONbL30OBaJH AHTHCHIBODOTKY mpotHB Ca-
AT®a3n ckeneTHOR MHINIEI KPOJHKA

NoCJIe10BaTeJbHOCTh aMHHOKKCJIOT OeJlka ¢ MoJIeKyJsipHOH Maccoii
109 763 I, conepxkaiiero 997 aMHHOKHCJIOTHBIX OCTAaTKOB. BHIsB-
JieHHasi 1nocJefOBaTeJbHOCTh OBlJIa B OCHOBHOM CXOJHa C TOH,
KOoTOpasi Gnljla onpenejieHa B NMPeALAYUIHX HCCJIELOBaHHAX.

Ha ocHoBaunn ananusa JIHK, xkoxupywoweir Ca-AT®asy,
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GOJIBIIOrO YHCJa AAaHHBIX N0 KHHETHKe, IHAPONHHAMHKE, 3JIeKTPOH-
HOM MHKDOCKOINHH M ONTHYeCKOH AH¢pakuuH, Obljla mnpenoxXKeHa
mo0enp 83AUMHO20 PACNOAONCEHUA OTOEAbHbX OOMEeHog ¢hepmeHTa
(D. H. MacLennan et al., 1985; puc. 22). CTpyKTypHO MOJIEKYJIY
¢epMeHTa MOXHO pa3JleJIHTh Ha YeTbipe OCHOBHblE HaCTH: HaHboJee
kKpynHass (516 aMHHOKHCJOTHBIX oOCTAaTKOB, HJAH 60% oT obuero
KOJIHYeCTBd aMHHOKHCJOT)  BHICTylIaeT B I HTONJa3MaTHYECKOE
npocTpaHcTBO, HeboJsbluoil gomeH (100 ocTaTKoB) comepKHT yua-
CTOK CBSI3LIBAHHSI C BHICOKHM cpoicTBoM K Ca?t u HernocpeacTBeHHO
conpHkacaeTcs ¢ BHyTpHMeMOpaHHHIM nomeHoM (okoJio 200 octat-
KOB), H, HaKOHell, 0koJ10 50 OCTaTKOB y4YacTByeT B CBfI3HIBAHHH
OTHEJbHHIX BHYTpHMeMOpaHHBIX CerMeHTOB MoJeKyJibl. JIokaJsH3a-
uusa Ca-cBsi3nBalollero goMeHa G6bla mocTyJHpoBaHa OJaropaps
60JIbLIOMY YHCJY CTPYNIKHPOBAHHHIX B HEM OCTATKOB IJIyTaMHHO-
BOH KucJoTel. Ilpenmosnaralor, yto TIpYNIHPOBKH TJyTaMHHOBOMH
KHCNOTH, BHICTYNalollHe B IHTOMJAa3My, MOrYT COOTBETCTBOBAThb
yuacTkam cesasviéarus ¢ 8vicokum cpoocreom k Ca®+, a Jokasau3o-
BaHHble B o0OJacTH, OJIH3KOH K BHYTpeHHeMy o0beMy capKollja3Mma-
THYECKOTO PEeTHKYJyMa,— Y4ACTKAM ¢ HUBKUM CPOOCTEOM.

Hu onHa u3 3THX IpyNNHPOBOK He HAMOMHHaJjla COOTBETCTBYIO-
Iy NeTaio KaabMmonysauHa uan TponoHnHa C. Takum oGpasowm,
OKOHYaTeJbHO poKaszaHo, uTo Ca-cBssnBaiouine yuactku Ca-ATO-
asul H BomopacTBOpHMBIX Ca-cBsizHBawliux Geskos, x0T M 6.1u3-
KH no cBoemy cponactBy K Ca?t, NpHHIHNHAJbHO pasjHYalOTCs IO
CTPYKTYpe.

PabGora no npoBepke B3aHMHOro pacloJIOXKeHHs (QYHKIHOHAJb-
HO BaXHHIX noMeHOB AT®asnl ocyuiecTBysieTcsi B HECKOJbKHX Ha-
npaBJjeHusiX. Tak, Ha OocHOBaHHH pe3yabTaToB [l. MakJlenHaHa u
coTpynHukoB (1986) (puc. 22) ¢yHKuHOHaJbHble UeHTpH AT®dasm
JIOKaJIH30BaHbl Ha pa3JjIHUYHbIX TPHNTHYECKHX (parMeHTax (¢epMeH-
Ta H OTHeJIeHH Ipyr oT JApyra AecATKaMH H COTHSIMH aMHHOKHC-
JIOTHBIX OCTaTKOB; ONHAKO, BXOAs B COCTAB aKTHBHOIO LEHTpa, OHH
JOJKHH OBITH NPOCTPAHCTBeHHO OJIM3KH. 3Ta  GJH30CTb MOXKeT
obecnieyHBaTbCA HaJHYHEM «IMeTesb» IOJHIEeNTHIHON LeNd B IH-
TOMJIa3MaTHYeCKOM JOMeHe (hepMeHTa.

Je#cTBuTesbHO, moJ neiicTBHeM OHMYHKUHOHAJBHBIX areHTOB
yaaetrcsl «CLIHTb» pasjHyHble (YHKLHOHAJbHblE H CTPYKTYPHHIE
JACMeHH (pepMeHTa NOMOJHHTENBHO uepe3 OCTATKH JIH3HHA (AU3-
352 Ha A-¢pparmente M sau3-514, yyacTBYWOIUHH B CBS3LIBAHHH
AT® u nokannsoBaHHBbI Ha B-¢parmente). [Tocsie TpHITHYECKOro
pacuenyenuss ATda3bl BO3HHKANIH ()parMeHTH C MOJIEKYJsIPHBIMH
maccamu 22 u 88k[] (D. C. Ross, D. B. Mclntosh, 1987). Ilpmu
TAaKOM <«TOYE€YHOM» BO3[AEHCTBHH Ha ()epMEHT erd KaTaJIMTHYecKas
aKTHBHOCTb IOJIHOCTBIO GJIOKHpoBaJsiacb. Ha OCHOBaHHH 3THX naH-
HBIX MOXHO 3aKJIIOYHTh, YTO (PYHKLHOHAJNBHO BaXKHble aMHHOKHC-
JIOTHBIE OCTATKH, paclojloXKeHHbie Ha pa3jIHYHHIX JOoMeHax, NpOCT-
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pPaHCTBEHHO COJIHKEHB H (ODMHPYIOT KOMINAKTHBEIA yYacTOK aKTHB-
HOro LeHTpa.

Jlis onpenesieHusi B3aHMHOIO PacnoJioXKeHHsi OTAeJIbHBIX ya-
cTell MoJieKyJH GeJsika IIHDOKO HCNOJB3YIOT H MeToO0 nepexoca
dHepeuu payopecyeryuy (UL AOMUHECYEHYyUU) MeXJy LByMs
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Puc. 22. TlpocTpancTBeHHOe pacnoJioXeHHe OTHAEJbHHX JIOMEHOB
Ca-ATda3n Ha OCHOBe HaHHHX NO NEpBHYHON CTpYKType (epmell-
ta (no D. H. MacLennan et al., 1986):

Ac — aueTHNIHpoBaHHKA N-KoH1eBOA aMHHOKHCJOTHLIA ocTaTok; Ty B Tp—
NYHKTH pacuieNJieHHsi ¢epPMEHTa TPHNCHHOM; @ H P-yYacTKH, COOTBETCTBYIO-
lI(He a-cNHpaJbHOfl KOHQHrypalUlHH NOJHNENTHRa H B-cTPyKType; B CKoOkax
yKa3aHh HOMEpa aMHHOKHCJIOTHHX OCTATKOB HJAH HX KOJHYeCTBO

dnayopopopaMn uAH  JIOMHHOGOpaMH, B3aHMOIEHCTBYIOLIHMH C
pa3JIHYHLIMH Yy4YacTKaMM Ha Oeskax U MeMOpaHax. Hanpuwmep,
paryopecyeunusoruoyuanar (PHUTL) uHrubupyer cBs3bIBaHHe
AT® c B-¢pparmentom AT®a3snl, sanranudbt Koukypupymoor ¢ Ca?t
3a y4YaCTKH CBSI3bIBAHHS C BBICOKHM CPOACTBOM, JIOKaJH30BaHHHE
Ha A.-pparMente (cM. HHKe), JUNODHILHOE coelHHEHHe poda-
Mun-5-usoruoyuanarpocparudursranoramurn (PUTLIP) B3auMo-
JeficTByeT ¢ JHIOUIHBIM KOMIIOHEHTOM MeMOpaHH. M3amepeHHoe Mo
NlepeHOCYy 3Hepruu ¢JayopecueHuuu paccrosiie Mexay PHTII-
CBSI3LIBAIOLLLHM LIEHTPOM H JIHMHJAHCOH yacTblo MeMOpaHBl, copepika-
et PUTLI®, nokasano, uto AT®P-cBA3bBalomHil I1€HTp yZAaJeH
or MemOpaHn Ha 3,4—4,2 um (J. A. Teruel, J. C. Gomez-Fernan-
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dez, 1986). ITo nmepeHocy 3HepruH JIIOMHHECUEHUHH B Be3HKyJax
CapKoIJIa3MaTHYECKOro peTHKyJyMa, o6paborandnix Tb3*, yananoch
YCTaHOBHTb, UTO paccTosiHHe Mexny Ca-cBA3HIBAIOLIHM yYacTKOM H
JUINHAHBIM GHcyoeM cocTasisieT Bcero 1,0 HM. Takum obpasom, He
uckmoueHo, uto AT®- u Ca-cBsisbiBalouiHe LEHTPHl yAdJeHbl ApYT
oT apyra He GoJiee yeMm Ha 3,0 HM.

1pe (191) 2ay (192)
CH
| : H,
HCH O 0 C—CH,
N é c// N g 7 N/
~N-C—-C-N-C—-C- CH, npo (193)
] N s
H H H cn, CH
ape (198) | ! N
C=0
l;!H, 0=cC G2 ] .
| C HN
HN~C—C—C—C—CH 7N, P
H, H, H, r}m O\C“”,o HE:CH\ 6an (194)
0=C Ne” — 0 CHs
e i A
H,C™ N [ / \cln2

| N—~—C—C—N-—C—C
H,C /H I I N CH,
\C 0 H H o H C/

Hz HZ

npo (197) acn (196) npo (195)

Puc. 23. IlpeanonaraeMas npocTpaHCTBeHHas CTpykrypa Ca-cBsi3niBalolle-
ro nentuaa Ca-AT@®asn CapkONJa3MaTHUECKOrO PETHKYJAyMa CKeJeTHOR
Mumnu (no P. Gangola, A. E. Shamoo, 1986)

MoxHo JH, 3Has NepPBHYHYIO NOCJENOBaTEJbHOCTh (PEpMEHTa,
npeacka3aTh He TOJbKO B3aHMHOe pacloJloXeHHe ero OTHAeJIbHHIX
(YHKIHOHAJIbHO BaXXHBIX Yy4YacTKOB, HO H CTPYKTYPy KaXIOro H3
Hux? Takasa noneiTka clenana B 1986 r. B naGopatopun A. E.
lamMy nas yyacTka CBSI3HIBaHMsl, 06JajaloLlero BHICOKHM CPOAICT-
BoM K Ca?t, Ilpun BHHMaTenlbHOM pacCMOTpEHHH aMHHOKHCJIOTHOM
nocnenoBaTeJIbHOCTH (¢epMeHTa oOHapyXKHBaeTcs, YTO .B IENH H3
BOCBMH aMHHOKHCJIOT, NMPHMBIKaOWHX KO BTOpoMy (72) yuactky
TPHIITHYECKOro rufpoJsu3a (pHc. 22), comepxarcs TpHU OCTaTKa
npoJiHHa, OJIH3KO pacNoJIOKEHHBIX ApPyr OT Apyra (oThneseHBl Of-
HOH aMHHOKHCJOTOH). Kak HM3BeCTHO, HMEHHO NpPOJHH ofecneynBa-
eT H3rub NOJHNEeNnTHHHO# uenH. JTa lenb K3 BOCBMH AMHHOKHCJIOT
MoXeT 00pa3oBaTb CTPYKTYPy HOUYTH KPYroBoH KOH(HIypaIlHH.
BaxHo Takxe, YTO JaHHas MOCJEeNOBATEJbHOCTh CONEPIKHT OCTAT-
KM rJlyTaMHHOBOH H acllaparHHoBoi (B cayuae ¢epMeHTa H3 ObICT-
poii MBIILIB) HJH JABYX acnapariHoBuX (QepMeHT u3 cepALa HJH
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MeJUleHHOR MBILIIK) KHcaoT. [IpeamonaraloT, 4To KapOOKCHJbLHEHE
rpynubl  IJAYyTaMHHOBOH H acnapardHOBOH  KHCJIOT, pa3fieJieHHBIX
TpeMsi aMHHOKHCJIOTHBIMH OCTaTKaMH, MOTYT y4acTBoBaTb B (op-
MHpPOBaHHHU y4yacTKa cBsisnBanHs Ca?t (puc. 23).

ITocne cHHTe3a COOTBETCTBYIOLUHX NENTHIOB HCCAENOBAJH HX
B3aHMOJIE/ICTBHE C HOHOM €BpONHsl, KOHKypHpylomHM c¢ Ca%t+ 3a
LEHTPH CBSA3BIBAHHS BO MHOIHX CHCTeMax. OITOT JIaHTaHHA Ol
HCNOJIb30BaH He TOJBKO INOTOMY, YTO €ro CpOJCTBO K Yy4yacTKaM
cBashiBaHus Ca?t cymecrBenHo Bwille, yeM y Ca?t, HO y H3-3a
TOro, YTO JIIOMHHECLeHHUHSI eBPORHS MeHsieTcsl NPH ero B3aHMogeH-
ctBuH ¢ 6enkamu. OKasaJsoch, YTO CBSI3bIBAHHE NENTHAA C eBpOMNHU-
eM NpOHCXOAHT co ctexHomerpueit 1:1. JIloMuHecueHTHHI aHaJH3
TaKxKe TOKa3saJll, 4yTo npH cBsisbiBaHHH Ca?t ¢ nentujiom HefiTpaju-
ayercsi He ABa, kak B Ca-AT®a3e, a ofHH NMOJOXHTEJbHEI1 3apfAx
Eu3+. 31or dakr, a TakxKe TO, YTO CPOJACTBO JIJAHTAaHHAA K HNaHHBIM
nentupamM HeBbicoko (Kd okosio 100 MkM), cBHueTeJbCTBYET O
TOM, 4YTO 3a cBs3biBaHHe Ca?t, MoMdMO ONHCAHHBIX, OTBETCTBEHHBI
u apyrue yuactkH Ca-ATdasm.

PaccMorpeHHe aMHHOKHCJOTHBHIX INOCJelOBaTedbHOCTEH (YHKIIH-
OHAJILHO BaXXHbIX yyacTKOB pa3iuuyHbix AT®a3 pmaer cTumyn anas
HOBBIX THNOTE3: HanpHMep, HeJb3s JIH BHIIBHTH B CTPYKType KJIO-
yeBble (PAKTOPH, ONpenessiollHe cNelH(HYHOCTD ITHX (PepMeHTOB?
Bbina npeanpuHsiTa HHTEepecHasi MONBITKA CPAaBHHTEJNBbHOTO aHaJ/H3a
HoHTpaHcnopTupyomux AT®asz E,— E;-tuma u AT®P-cunteTas
(mo TepMuuonorun asropoB P. L. Pedersen, E. Carafoli, 1987, —
coorBeTcTBeHHO P- n F-THnos).

31u pepMeHTH OTJHYAIOTCSH, B YACTHOCTH, TEM, YTO B NEPBHIX
npoucxonut ¢ocgopuinposanHe pepMmeHTa ¢ ob6pa3oBaHHeM KOBa-
JIeHTHOH apuadocdaTHON CBSI3H, CONPOBOXKIAKOLIEECH CHHIXKEHHEM
CpPOJACTBAa K TPAHCNOPTHPYEMOMY HOHy, AJsl BTOpPHIX — He HaiilleH
¢ocobenkoBrifi «MaKpPOIPrHueCcKHi» HHTepMenHAT, a BLICBOOOXK-
JleHHe npouHO cBsizaHHoro AT® ocyulecTsisieTcsi Moy AeHCTBHEM
CHJ1 3JIeKTPOXHMHYECKOTO NPOTOHHOro rpaaHeHta. B depMenrax u3
P-tHna o6Hapy>KeHB rOMOJIOTHYHBIE KOPOTKHeE MOCJIeJ0BaTebHOCTH
(L. Ernster et al., 1986; D. N. Garbezi et al., 1987), Bkaloualomine
¢dbochopunHpyeMBIil OCTAaTOK acnaparHHoBoi KHCJIOTH (Hanpumep, Ca-
AT®asa u Na, K-AT®asa), B ¢pepmentax u3 F-THna — oCTaToK,
OTBETCTBEHHHIH 3a cBs3biBaHHe AT® (HanpuMep, MHTOXOHIpHAaJb-
Hasa AT®-cuHTerasa):

P-Tum: Cep—acn—au3—1pe—2au—Tpe—une—1pe
- I _
(neu) p (nea)

F-Twun: Tpe—Ipe—nu3—2nu—cep—rpe—ipe ( g -Cyopeaminua F ;-AT®a3b1)

(cep) Afo (1pe)
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BaxHO 3aMeTHTb, YTO HMEHHO OCTaTOK acNaparHHOBOH KHCJOTHI
3aMeHeH B ¢epMeHTe F-THna (Ha TpeoHHH). IlpeanonaraioT, yto
B AT®-cuHTeTase MOXKHO 3aMEHHTb C NMOMOIULIO MYTAllHH OCTATOK
TPEOHHHAa Ha OCTaTOK acnaparHHoBOil KHCJOTH. He craner sm
H3MeHeHHass cyObenuHHua F-¢pepMenta 06pasoBmBath ¢ocdodep-
MeHT, nono6Ho TpaHcnopTHoil ATdaze? Ecaum 3sro cayurrcs, To
MOXHo OyaeT npeRnoJOXHTb, YTO B-cyObeauHuua epmeHra F-
tuna H AT®a3w P-tuna umesnn o6wuii red-npeilecTBeHHHK.

C noMol1ubio MeTOOB reHeTHYECKOH HHIKEHEPHH NpejcTaBlsercs
BO3MOXHBIM TaKXe YCTaHOBHTb, KakHe H3 yuyacTkoB Ca-AT®dasm
obecneydBalOT MposBJIEHHE pa3JjIHYHOH KaTaJHTHYECKOH aKTHBHO-
CTH 3TOro (pepMeHTa H3 MEJJIEHHOH H OBICTPOH CKeJIETHBIX MBILILL.
JJyist aToro Heo6XOAHMO NPOAHAJIH3HPOBAThH OTJHYHA B TEepPBHYHOH
II0CJIEIOBATENIbHOCTH JABYX ()epMEHTOB H OCYILUECTBHTbL «TOYEYHLIE»
MyTallHH B y4yacTKax TeHOB, OTBeTCTBEHHBIX 3a CHHTe3, HallpUMep,
Ca-cBsi3bIBalOLIHX YYaCTKOB BBICOKOIO H HH3KOTrO CpPOJACTBA HJH B
ApYyrux o6JiacTAX MOJHIENTHAHBIX LemneH.

5.4. Peryasiuus cucrembl nepeHoca Ca?+
yepe3d meMOpaHy capKonjasmMaTHYeCKoro
pETHKYyJyMa

IlocrosiHHast paGoTa CeTH CapKONJIa3MaTHYECKOro PEeTHKyJayMa
cepaua no cosnaHHio 6osee yem 1000-kpathHoro rpapuenra Ca?t
no o6e cropoHb MeMmOpaHbl TpeGyerT MNOAAEpPKAaHHS KOHLEHTPalHH
AT® okono aktuBHOro neHrpa ATdasHoii MoJseKyabl Ha JocTa-
TOYHO BBICOKOM ypoBHe. HecMoTpsi Ha TO 4TO JOJIA 3HEproTpar,
DPHXOASILUUXCH Ha CHCTEMYy KaJbLHeBOro Hacoca, oT ofuiero mno-
TpeGJIeHHs] SHePrHH ceplevyHoil KJIeTKON HeBeJIHKa, B CJyyae MOJHON
6aokanu cuHTtesa AT® ero pacuennenne petukynasipHoit ATda3zoii
npousowyio 66l 3a 1~—2 muH. Camblifi QaKT JIOKaJH3allHH PETHKY-
JIAPHOH CETH B HEMNOCPEACTBEHHOH OJH30CTH OT JAPYTHX CTPYKTYp
(MHOOHOpPHIAK), TaKXkKe TNOTPeCJSAIOIMX 3SHEPrulo, mpejanoJara-
€T, YTO B OIlpelleJIeHHBIX YYacTKaX KJETKH MOXeT HaCTYNHTb HCTO-
weHHe poupos ATO,

ITono6no ppyrum ATO-yTunusnpyollEM CTPYKTypaM KapaHo-
muounta (V. A. Saks et al., 1976, 1977), meM6paHnl capkomJia3-
MaTHYeCKoro peTHKyayma obaanaiTt 3¢¢QeKTHBHOH cHcTeMoil pere-
Hepauun AT®. Ee ¢yHKuUHIO BHNOJHAIOT MOJIEKYJB KpeaTurgoc-
(hOKUHA3bL, JIOKAJIH30BAHHHIE Ha BHeLIHeH NOBEPXHOCTH MeMOGpaHB!
capKoNJia3MaTHYeCKOro peTHKYJayMa, H (PochoKpearuna, KOHLEHT-
palHA KOTOPOro B LHTONJIa3Me B HECKOJbKO pa3 MpeBbIlIaeT KOH-
ueHtpauuo AT®. IIpu stomM kpeaTuHdochoknnaza u Ca-ATdaza
paboraloT Kak ¢yHKIHOHAJbHO CONpsi)KeHHasi CHeTeMa, Korja
npoiiykT oxHo# peakuuu (AP B cnyyae AT®asu u ATO B
cinyyae KpeaTHHpochHOKHHa3bl) sBaseTcss cy6cTpaToM JApYrofi.
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B pesynbraTe pa6oThl cOMpsikeHHOH CHCTEMEl NPOHMCXONHT H Ka-
JKylieecsi H3MEHEeHHe KHHeTHYeCKHX NnapaMeTpoB o6oHX (epMeHTOB
H3-3a TIOBBILIEHHSI JIOKAJbHOH KOHLEHTpallHH MeTabGOJIHTOB OKOJO
HX aKTHBHBIX ILeHTpoB (Kaxyuleecs 3HayeHHe K, aas AIHD B
KpeaTHH}OCHOKHHA3HOI peakLHH, HamnpHMmep, YMeHbIUIaeTcs B
20 pas). TecHoe ¢yHKUHOHAJAbHOE COMNpSiXKEHHe MeXJy IBYMsi
¢pepmenTaMu olecneyHBaercs, o BCeH BHAUMOCTH, OJHM3KHM pac-
NOJIOXKEHHEM HMX aKTHBHBIX LeHTpoB (pHC. 24). B pesyabrate 3TOrO
&, o6pazosanuuit ATda3zoi,
AT®  Kpeamuy NONMajaeT He B OKPYXKAIOILYIO
cpelly, a HeMOCPeACTBEHHO Ha
aKTHBHBIH LIeHTD KpeaTuHdoOC-
(pOKHHA3HI.

AKTHBHOCTb CHCTEMBI KaJib-
IIHEBOro TPaHCNOPTa MOXeT H3-
MEHSITbCS B pe3yJibTaTe peak-
uuit gocgopuruposanus — Oe-
¢ocpopuruposarnus 6enkos cap-

Puc. 24. Conpsxenne Ca-AT®asn y KOIJIASMaTH4YECKOro — peTHKyJy-
kpeatunpochoxunasn (KOK) B mem- Ma, oTaHuyHbXx orT Ca-ATdasml.
6panax capKOIJa3MaTHYeCKOro peTHKY- l[i3BecTHO, YTO KaTeXOJIaMHHHI,
Jyma cepiua yBeJIHYHBAas CHJY COKpalleHHS
cepaua, YCKOpAIOT H obecrneyH-
BaloT 6oJsiee moJsiHoe ero pacciabJseHHe. CorJiacHoO YHHBepCaJbHOM
cxeme (E. W. Sutherland et al.,, 1965) neficTBHe KaTexoslaMHHOB
Ba BHYTPHKJIETOYHBHIE IPOLIECCH peasiH3yeTcsi B HeNH CJAeAYIOLIHX
COOLITH, CBSI3aHHHIX C YBeJIHUEHHEM KOHUEHTPAaLHH BTOPHYHOIO
MecceHaxkepa — LAM®: s3aumodeiicteue xkarexoramuuwa ¢ p-pe-
YenTopom Ha niasmaruveckoil membpane — akTusayus adeHusar-
yukaasel— ysesuyerue yposua yYAMP 8 Kaerke— akTusayus
yAMP-3asucumoii nporeurnKurassl— ocgopuruposarue 6esxKos-
cybcTpatos—gusuorozudeckull 3ghgexr.

ITon nmeiicteueM pAM®-3aBuCHMOH INpoTeHHKHHa3sbl W HAMO
YBEJHYHBAIOTCS CKOPOCTh KakK ruuposusa AT®, tak u akKymyss-
uun Ca?t capkonsiazMaTHYeCKUM peTHKyJayMoM cepaua. IIpu stom
¢ochopunupyercs MemOpaHHBII GeJIOK C MOJIEKYJsIpHOH Maccoi
nopsaka 20 K —gocgorambar - (M. Tada et al, 1974, 1975).
ITonytHo yBenuuyuBaercs cpoactso Ca-AT®asm k Ca?t+ (nomo6Ho
TOMY, KaK 3TO NpoHcXOAMT B ciayyae Ca-ATdasm nna3MaTHYeCKHX
MeM6paH B pe3yJibTaTe €€ B3aHMOJEHCTBHS C KaJbMOAYJHHOM; CM.
pa3n. 4.5). B MensieHHBIX CKeJleTHBIX MBIILAX KOHUEHTpauus ¢oc-
¢onaMbaHa cylLleCTBEHHO HHXKe, YeM B cepjlie; B OBICTPHIX CKeJieT-
HHIX MBIIILAX COJepIKaHHe 3Toro 6esika KpaHHe MaJio.

Yckopenue TpaHcnopra Ca2t mpoHCXONHT TaKKe H noj AaeficT-
BUEM KAAbMOOYAUHG, XOTS B ero NPHCYTCTBHH B MoJekyne docdo-
JamMbana ¢ochopuaHpyeTcssi ApYrod aMHHOKHCJOTHBIE OCTaTOK.

pe3ysbTaTe aHaJH3a aMHHOKHCJOTHOH TNOCJeNOBaTeJbHOCTH
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yuactka Qochonambana B obsacthn ¢dochopunupoBanus (H. K. B.
Simmerman et al.,, 1986) 6bl10 nocTyJMHPOBAaHO, YTO AMUHOKUCAOT-
Hble ocraTtku, gocopuaupyemoie nod Oeticteuem yAMP-3asucu-
mou (cepun) u Ca*t/karomodysunsasucumoil (TpeoHur) nporte-
UHKUHA3, nokaau3osanbl padom. Tlpu stom dochopHaupoBaHHe
OAHOrO0 H3 OCTATKOB He BJHSET Ha cnocobHocTh Geska K ¢ocdo-
pHaupoBaHuio apyroro. Takum o6-
pa3oM, aktuBHOCThL Ca-AT®asm
CapKOIJIa3MaTHYECKOTrO PETHKYJY-
Ma MOXXeT yBeJHYHBAThbCS [pH
dochopuIHpOBaHHH OOHOTO H TO-
ro xxe 6enka, HO B pe3yJbTaTe akK-
THBallUH pa3JHuYHBIX MeTabosnye-
CKHX NyTeH, CBSI3aHHBIX C yBeJHYe-
HHEeM KOHLEHTpPalHH JABYX BTOPHY-
HBIX MecceHmxepoB — UAMO w
Ca?+ u akrtuBauueitiT ULAMO®- wu
KaJIbMOYJHH3aBHCHMBIX T POTEHH-
KHHa3.

Ilpennonaraior, 4To MoOJIeKyJia
docponambaHa COCTOHT H3 MNATH
HIEHTHYHEIX IPOTOMEPOB C MoJie-
KyJsipHoit Maccoii okosio o k]I,
NPOHH3BIBaIOIIHX MeMOpaHy capKo-
N1a3MaTHYEeCKOro peTHKyJiyMa H
BXONSILIHX B TECHBIi KOHTAaKT APYr
C IpyroM BHYTpH MeMOpaHH (pHC.
25). N-KoHueBbe yyacTKH, BHICTY- Puc. 25. [Ilpexnonaraemoe cTpyk-
namoliHe B LIIHTOIJIa3MYy H colepxKa- TY%HOe P?HOHOKGH;*SG H::TOMEPZB
e Gocgopaupyemsie amnrokc. SCbotENGana » uewbpare n i
JIOTHbIE OCTaTKH, B COOTBETCTBHH CO (5o H. K. B. Simmerman et al,
cxeMoit (pHc. 25) He B3aHMOHEHCT- 1986)

BYIOT Mexnay co6oii, korga ¢ocdo-

JaMmban cyuectsyer B ¢ochopunuposanHoit dopme. OnHako cylue-
CTBYeT H INpOTHBomoJsioxkHoe MHeHue (M. Tada, 1987), corsnacHo
KOTOpOMY TaKasi KoHpopMalus 6esKa BO3MOXKHa JIHIUb NPH CBS3HI-
BaHHH C HHUM He MeHee JeCiTH OocTaTKoB ¢ocdopa, T. €. B YCJIOBH-
X, KOrjla BO3pacTaeT OTPHILaTeJbHBI 3apsl MOJeKyJI.

ITpennioxkena uHTepecHasi eunoresa, o6BACHAIOUAA peeyAsTop-
Hyro poae ¢ocgorambana (A. E. Shamoo et al., 1985). I1pennona-
ramor, 4To B cjayyae, Korga o6a aMHHOKHCJOTHHIX (oc¢opHuIHpye-
MBIX ocTaTka (ocponambana (P,-Ca?t-kanbMOAYJHH3ABHCHMBIA H
P;-uAM®-3aBucumHii) cBo6onHel oT ¢ochara, Ca-ATdaza pabo-
TaeT BXxoJocTylo (He Tpatcnoprupys Ca?t). B pesyabrate ¢ocdo-
pHaupoBaHusi P; nHabnlonaercss «HopMaJsbHBIH® TpaHcmopt Ca?t,
HaJjbHeiillee ¢dochopuNpoBaHHe P BHI3LIBaeT AONOJHHTENbHYIO
ctumyasuuio AT®a3s 1 nepeHoca KaTHOHA.
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Kaabuun
H 3JIEKTpOMEXaHHYeCKoe
CONPsAsKEHHE MbIIII

6.1. O0wasa cxema 3JieKTPOMeXaHHYECKOro
CONpsiKEHHUs

JaeKTpomexanuyeckoe conpaxcerue — npouecc, Kotoprii obec-
NneyHBaeT CBA3b MEXJY S3JIEKTPHUYECKHM CHTHAJOM Ha IOBepXHOCT-
HO#t MeMmOpaHe MHIILIEYHOR KJIETKH, BbIpaxalolleMCsi B ee KpaTKo-
BPEMEHHOH JIenoJsipH3alHH, H COKpATHTeJbHEIM OTBETOM, 00yCJOB-
JIeHHbIM akKTHBallHell aKToMHO3HHOBOA AT®a3sbl M nmepeaBHXeHHEM
TOHKHX H TOJICTHIX MHO(HJIaMEHTOB ApYr OTHOCHTEJbLHO JIpyra.
B camMoMm npHO6JHM3HTENIBHOM BHJE NOCJEN0BaTeNIbHOCTL COOLITHH B
MBbllIeYHOHl KJIeTKe B 3TOT NEPHOA MOXHO MNpeACTaBHTbL CJienylo-
1 HM obpasoM. '

Henoaspusayus nosepxHocTHOl membparsl™ cozdaxue Yycao-
suti das swibpoca Ca?t uz sHyTpukseTounblx pesepsyapog—-Ces3bl-
sanue Ca?t ¢ tponoHurHom C—>o0bpaszosarue aKTOMUO3UHA ™™ QKTU-
satua ATPDasel MuO3UHA—-COKPALjEHUEe B0A0KHA—-NO2AOUeHlE
Ca?t snyrpukaerounsimu Oeno u eeo ydareHue u3 KaeTku nocped-
créom Na/Ca-obmena—nonuscerue xouyeurpayuu Ca’t 9o yposHs
nokos (oxkoao 100 HM) 3a cuer paborei Ca-ATPassl capkosem-
moi—-paccaabrerue.

B rnapkux MBIILAX COCYNOB 3Ta NOCJeN0BaTeNbHOCTh He-
CKOJIbKO MOJIHGHUHPYETCSi: B pe3yJbTaTe YBEJNHYEHHs BHYTPHKJIe-
ToyHOIt KoHuenTpauuu Ca?+ obpasyercs kKommaekc Ca— KanbMony-
JIHH, KOTOpBIl -aKTHBHpPYeT KHHa3y JerkHx Leneii MHosuHa. doc-
dopHHpOBaHWe JIeTKHX LeNeii MHO3HHA BHI3bIBaeT aKTHBALMIO
AT®a3pl aKTOMHO3HHA H yBeJIHYEHHe HaNpSIKeHHS IJIaAKOH MBILI-
upl. B mepuon Mexny cokpamenusiMu Ca®t nepepacnpepessiercs
BHYTPH CapKOMJa3MaTHYeCKOrOo PEeTHKyJyMa-—H3 IpOAOJBLHHX
Tpy6OUeK B TepMHHaJIbHble IIHCTEPHHI.

B cepaeyHoii Mulllille BaXXHYI0 pOJb B 3JIeKTPOMeXaHHYeCKOM
conpsixkeHHH urpaer Bxox Ca?t H3 BHekJieTouHol cpenH. Kanbuuii,
BXOJSILHI B KJETKY Cepilla yepe3 NOTEHUHMAJI3aBHCHMBIA KaJsbIlH-
eBblil KaHas HJH nocpeacrBoM Na/Ca-o6MeHa, mepepacnpenedsieT-
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cA MeXJIy CapKoIlJa3MaTHYeCKHM PeTHKYJYMOM, MHTOXOHADHSIMH,
TponoHHHOM C M KaJbMOLYJIHHOM.

B ponosnnenne K nepeuyHcileHHBM Ca-CBS3BIBAIOLIHM OpraHeJ-
JaMm H 6eNKaM B KapJIHOMHOLHTE, MO BceH BHAHMOCTH, CYLLECTBYeT
eme oaMH (OHA HOHOB KalibUHA HeH3BecTHO# mnpupoabl. OH BH-
SIBJIsIeTCS TOCJie BO30OHOBJIEHHSI 3JIEKTPHYECKOH CTHMYJISILIHH TOKO-
fillerocs cepjla, B NPHCYTCTBHH CeplEeYHBIX [JHKO3HIOB H NpH
NOHHIKEHHH BHEKJeTOYHOH KoHlUeHTpauuu Nat (oueBHAHO, 3a cyer
aKTHBAallHH HaTpHi-KajbuueBoro obMeHa). ITOT my.] OYeHb Mel-
neHHo obmenuBaetcs (M, C. Fintel, G. A. Langer, 1986). Ilpu
COOTBETCTBYIOLIHX YCJIOBHSIX B HEM MOXKeT COCPeIOTOYHBATBHCH 10
1 mgmonp (Ca?t/r chipoit Macchl TKaHH (U1 MakCHMMaJbHOTO CO-
KpaleHusi cepaua Heo6xoguMo He Oojsee 60 umosp Ca?+/r).
Kanbuuit, cocpeloToueHHbli B 3TOM BHYTPHKJIETOYHOM pe3epByape,
OHAaKO, He BJIMSleT Ha HaNpslKeHHe MBILULbI, HaxoAsueHcs B co-
CTOSIHHH paccJiabJieHusl.

du3HOJOTHYECKAS POJIb 3TOTO KAJBLHEBOro pesepByapa, paBHO
KaK M ero BHYTPHKJIETOYHOE pacloJioXeHHe, He YCTaHOBJIEHH.
Ilpennonaraior, yto oH obecneunBaer AeMN¢HpOBaHHE NepPHOIHYE-
CcKH Bxoasiuero B kietky Ca2?t u obiieryaer TeM CaMbIM JesiTelNb-
HOCTb OCHOBHHIX cHCTeM yaaneHus Ca?+ 3 mHomimasMbl (kaJbiue-
BHIX HAaCOCOB CapKOIJa3MaTHYECKOro PeTHKyJyMa H capKoJeMME
u cucreMbl Na/Ca-o6mena). Pazobuiutess okucauteabhoro docdo-
puiupoBaHusi 6JIOKHpyeT yBesauueHHe ypoBHs Ca%t B MenJieHHO
ob6MeHuBaloueMcsi pe3epByape. TeM He MeHee MHTOXOHIPDHH He
SIBJSIIOTCS. MEeCTOM 3anacaHHsl 3TOro KaJjblHfl, NOCKOJIbKY NpH IHO-
HHXKEHHH BHEKJETOYHOrO HaTpHS HOHBI KaJbLHS HaKalJHBalOTCH
HCKJIOYHTeJIbHO B O6JlacTH capkosieMMul u auan (E. S. Wheeler-
Clark, J. M. Tormey, 1985). Takum o6pasoM, nocrvmieHue Ca2t
B JaHHBIH pe3epByap KapJHOMHOLIHTA OCYLIECTBJSIETCH 3Heprosa-
BHCHMBIM cnioco60M, BO3MOXKHO, 3a cyeT paboThl CHCTEMH KaJbllH-
eBOTro Hacoca, nofio6HOro Hacocy peTHKyJyma.

6.2. KonmnuecTBeHHas oueHka Ca-TpaHCNOPpTHPYIOLHX
CHCTEMBI CEPALIA U CKEJIETHBIX MbILIL]

JIns  BHISICHEHHS. MeXaHH3Ma 3JIeKTPOMEXaHHYEeCKOrO COIpsiKe-
HHS1 MBIILIEYHOM KJEeTKH, PaBHO KaK H NyTeHl mnepepaclnpenesieHHs
Ca?+ B mo6oii Bo36yauMoil H HeBO3OyIHMOH KJeTKe, HeOGXOJHMO
He TOJLKO yCTAaHOBHTH HaJIHYHe B HHX TeX WIH HHHX KaJblUHii-
TPAHCNOPTHPYIOIUUX CHCTEM, HO H OLIEHHTb HX OTHOCHTEJbLHYIO
MOILHOCTh. JTa NpocTasl, Ha NepBbiii B3TJAMA, 3ajlaya OCJIOKHSETCS
TeM, YTO OHa CONpsfAXKeHa C pa3pylUeHHeM KJIETKH H JaJbHeHLIHMH
npoueaypaMH (paKUHOHHPOBAHHS, HEeH30eXHO NPHBOASILIHMH K
JeCTPYKUHH MeMOpaHHBIX cHcTeM. Bo u3be:kaHHe 3Toro B 3KcCIie-
pHMeHTaX IO OueHKe ofllell aKTHBHOCTH OTHAEJIbHBIX CHCTeM TpaH-
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cnopra Ca?* HCnosb3ylOT MaKCHMaJbHO HlajsllHe cnocobu pas-
pyLIeHHsI TKaHH.

Ha ocHOBaHHM pe3yJIbTAaTOB, MOJYYEHHBIX Ha HHTAKTHOM CepJ-
Ile, MaKCHMaJibHOe Hamnpsi>KeHHe MHOKapJa [OCTHraercsi NpPH KOH-
LleHTpauHd cBOOORHOrO KaJbliHs B MHOLHTe OKoJ10 30 MkMoab/a1  (R.
J. Solaro et al., 1974; ta6x. 2). I1pu 3TOM C COKpaTHTEALHLIMH GeslKa-
MH cBsizbiBaeTcsi 70 uMoab Ca?+/r ceipoit Maccel. OpHako cepaue
B HOpMaJIbHBIX YCJOBHSIX He (DYHKUHOHHPYET B pexuMe, obecre-
Tabanua 2. 3aBHCHMOCTb MEXAY YPOBHEM BHYTPHKJIETOYHOrO

KaJblMA M CTENeHbI0 AKTHBALHH MHOGMHMOPHIA MHOKapaa
(no R. J. Solaro et. al., 1974)

¥YpoBenb Ca?+,
OrnocHTenbRast Kouuentpauns CBA3aHHOTO C MHO- O6wuft ypoBeHb
AKTHBALHA Hamps- csoGoznnoro Ca2+, bubpuanamu, Ca?+, HMoaAb/T
XKeHHs, OTH. en. MKM HMO/IB/T

0,0 0,17 7,6 7.7

0,5 2,00 20,9 22,4

0.9 5,00 31,4 35,1

0,95 9,00 41,8 48,6

1,0 30,00 70,3 92,8

YHBAIOLEM €ro MakcHMaJibHoe HamnpsixkenHne. KpoMe Toro, mokasa-
Ho, YTO KOHLEeHTpauuss cBoGomHoro Ca?t B KapaAHOMHOLHTE He
npeBbitiaer 5—10 MgMoas/n (cm. ra. 3). Ilpu HanpsikeHHH MHO-
Kapia okojio 909 oT MaKCHMaJIbHOTO, KOrjla KOHIEHTpaLusi CBO-
6onHoro Ca?* Huxe 5 MKMOJB/J, 06Iee KOJHYeCTBO CBOGOIHOIO
u cBsg3aHHoro Ca2?+ yMenbllaercss 1o 35 HMoab/r. Bpems pac-
cnabyieHuss cepaua TeMJOKPOBHHIX, Kak IpaBHJO, COCTaBJsieT
0,1—0,2 c. HUrak, cucreMa pacciabljieHHsi, cocpefloTOYeHHast B 1 r
MHOKapJa, n1osxHa ynanath Ca%+ co ckopoctbio 175—350 HMouab/C.
YnoBaerBopsieT JiM capKOMJa3MaTHYeCKHH PeTHKYJyM cepAlla STHM
Tpe6oBaHUAM? '

B pesysnbraTe MHOTOKpaTHBIX «MSATKHX®» 3KCTPaKLHH MHKPOCO-
MaJIbHBIX MeMOpaH H3 cepjlia yAaJoch NOJHOCTBIO H3BJIeYb Be3H-
KyJbl, akkymyaupymouine Ca%t B TnpHCYTCTBHH H B OTCYTCTBHE
Kanbuufinpenunutupymouiero ainona (D. O. Levitsky et al., 1981).
Kaxnas u3 usoaupoBaHHBIX 15 ¢pakuuii colepxkana ¢ocdobelok
Ca-AT®a3zbl, yTo 6BIO BLISIBJAEHO NO BK.1IOUEHHIO PaJHOAKTHBHOMH
MeTKH M3 KOoHUeBoro ¢ochata mosekynn ATD (puc. 26). Koam-
yeCcTBO MOrJioLleHHoro 3a 1 ¢ KaabuHs aJs obuweidl ¢hpakuuu MHK-
pOCOMaJsIbHbIX MeMGpaH COCTaBJSAJO OKOJO 75 HMOJbL/T, T. €. GLUIO
HHXXe TOro, KOTOpoe YyJRajsieTcsl H3 MHOMJasMbl NpH paccnaabJe-
Huy. OHaKo JeTanbHBI aHAaJAH3 BpeMeHHOH KpPHBOH MOTIJIOILEHHA
Ca?t, ocyuiecTBJEHHBIH ¢ NMOMOLIbI0O MeTona OBICTpOro CMeLIHBa-
HHS peareHTOB H OLICTPOI OCTAaHOBKH peakKLHH, MOKasaJ, 4To akK-
kymyasuusg Ca?t  mnpexacrassisier cofoil HeJluHeHHHIH Inpouecc H
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Puc. 27. Iornowenne Ca?+ cymmapHofi ¢pakuuefi mMeMOpaH CapKOmyasMaTH-
YeCKOro peTHKynyma M3 cepAcl roay6s (1) u Mopckoft cBHHKH (2) (A) n
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peasibHasi HayaJbHasg CKOPOCTb NOTJIOLIEHHS B HECKOJDBKO pas
Boire (pHc. 27). Mcxons M3 3toro GBI cliesiaH BHIBOJ, YTO PETHKY-
JsipHas cHcTeMa akkymyasuun Ca?t BrnosiHe yJOBJieTBOpSieT Tpe-
GoBaHHAM, MNpelbsABAfeMBIM K (akKropy pacciabieHuss cepaua.
Ob6uee KoAau4eCT8O C€APKONAQA3mMATU4ECKO20  peTUKYyAyma 8
MbLULEYHOE TKAHU modxceT ObiTe onpedeseHo TPH CONOCTaBJIEHHH
yposHeii Ca-3aBHcHMOro ¢ocopHIHpOBaHHs B OYHIIEHHOM Ipena-
paTe peTHKyJayMa H B rpy6OM pEeTHKYyJsIpHOM Tpenapare, IHoJ-
HOCTBIO SKCTparHposaHHoOM H3 MuENE. Kak BHAHO H3 pHC. 26, npu
COOTBETCTBYIOILHX YCJIO-
Bussx (0°C, MHKpOMO-
JsipHasi  KOHLIEHTpalHs
AT®, 15—20-cekynaHas
HHKyOanus)  paaHoakx-
THBHBII KOHLEBOH ¢oc-
¢art or AT® Bkialoyaer-
Csl HCKJIOYHTeNbHO B Ge-
JIOK C MOJIeKYJSIpHOM
Mmaccoit okoso 100 x[I.
B 3srom cnygyae He Ha-
6aronaercs docdopHIH-
pOBaHHs 3a cueT pas-
JIMYHEIX MNPOTEHHKHHa3-
, 1 . HBIX cucteM. Kpome ToO-
0 7 3 5 ro, B cpelle, colepKa-
Coormwowenuve mowAT 48B4 u Jenwa we# Kt, 1 B oTcyTcTBHE
capKonaasmarmuversoen pemuyryma , me/me  Nat He NpPOHCXOAMT 06-

pasoBaHHe ¢ocdobeKa
Puc. 28. HurubupoBanHe MOHOKJIOHAJBHHIM Na, K-AT®assl. Omnpe-

antuTenoM (MoOHAT 4B4) akkymynsuuu Ca?+
B BE3MKYJNE CapKOIa3MaTHYecKoro petuky- AGJIHB YpOBeHb Qocdo-
nyMa: PHJIHPOBaHHA B  OYH-

1 — MHKpocOMB! cKesneTHoRt Mmumnm, 2— Ca-okca- lIIIEHHOM capkoIJja3Ma-
:g;u::ﬁmnl{)belnapa'r cepauna, 3-— MHKPOCOMH cepaeY- THUECKOM pETHKy.HYMe
(2,8 uMoab/Mr Oenka
JUIsl cepllla MOPCKOH CBHHKH) H TOJIHOCTBIO 3KCTParHpOBaHHOM
npenapate MeM6paH (5,9 HMoJb/r MBILILK), MOXKHO OBIJIO clesaThb
BHIBOJ, 4TO 1 r ceplleyHOH MBHIUILE MOPCKON CBHHKH COLEpPIKHT He-
MHorum Gosiee 2 Mr (o GesiKy) capKONJIa3MaTHYECKOTO PETHKY:Y-
Ma. OcHoBrIBasick Ha ypoBHe ¢ocdobenika B npenaparte HOJHOCTBIO
H3BJI€YEHHOro capkoIjasMaTHYeCKoro perukyayma (59 wu 7,8
HMONBL/I ceplell MOPCKOH CBHHKH H rojy6si COOTBETCTBEHHO) H
yuHuTeBas, yto ¢ochopHIHPYeTCs JHIUbL NOJOBHHA MoJiekya Ca-
AT®a3zn B nuke, cootsercTBylomeM Geaky 100 kI, MOXHO TaKKe
OLIEHHTb H KoJsiHYecTBO MoJiekysn Ca-ATdasn B MBILUIEYHOH TKaHH.
Ono cocrasnsier 1,3 u 1,7 Mr B nepecyere Ha 1 r cepieyHoll MuLI-
Il MOPCKO# CBHHKH H roJy6s.
Konnyectrso Ca-AT®asm B mpenapatax MeMOpaH H3 pasJHy-
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HBIX MHIUI MOXeT GBITh ONpejesieHo H C NOMOLIbI0 MOHOKJIOHAJ/b-
HbIX aHTHTesnn (MOHAT), cnenugHuecKH HHrHOHUPYMOLIHX €€ aKTHB-
noctb. Kak BuaHO u3 puc. 28, 509%-Hoe HHruGupoBanue AT®dasn B
npenapare CapKOIJIa3MaTHYeCKOro PpEeTHKYJyMa H3 CKeJIeTHOM
MBILINK KPOJIMKA JOCTHraeTcsi NMPH CYLIECTBEHHO O6OJiblIeM COOT-
HollenuH MOHAT/Gelslok capkomia3aMaTHYeCKOIO PEeTHKYJyMa, ueM
B CTaHJapTHOM NpenapaTte pPeTHKYJyMa H3 cepiuna co6aKH.

C yuerom Toro, uto cpoacrtso Ca-AT®a3s H3 pasiHYHBIX HCTOY-

HHKOB K JaHHOMY aHTHTeJy OJHHAKOBO, MOXHO CleJaTh BHIBOJ,
yto B npenapare MemOpaH M3 cepaua KoHueHTpauus AT@a3snl
NpHMEpHO B 5 pa3 HHXKe, YeM B MNpenapare H3 CKeJeTHON MBILIIHL
CorsacHo 3ToMy KpHTepHI0 KoHueHTpauHH Ca-ATdasn B MHKpoO-
COMax M3 CKeJIeTHOH MBILIIK K B BHICOKOOYHLIEHHOM Npernapare cap-
KOMJIa3MaTHYECKOro PpeTHKyJyMa M3 cepaua (nojlyyeH BhlcaKue-
HHEeM MeMOpaHHbIX NY3LIPLKOB, YTS’KEJNIEHHBIX OKCAJIaTOM KaJbLiMsl)
npHMepHo oaHHakoBbl (puc. 28). C mnoMolubldo Takoro csoe-
obpasHoro THTpoBaHusi aKTuBHOro neHTpa Ca-ATdasw BrICOKO-
cneuHPHYECKHMH HHTHOHTOpPaMH, MONOOHBIMH MOHOKJIOHAJbHOMY
aHTHTeJy, IpeJCTaBJIseTC BO3MOXHHM OLEHHBaTh YpPOoBeHb (ep-
MeHTa B roMoreHaTaX He TOJLKO MHBILIL, HO H JPYTHX OpPraHOB H
TKaHeH.
. AKTHBHOCTB KaJIbIIHEBOIO Hacoca CapKoIJa3MaTHYeCKOrO peTH-
KyJiyMa JOCTaTOYHO BHICOKa AJs1 oOecneueHusi pacciabJjieHHsi cepl-
1a (B GBICTPBIX CKEJIETHBIX MBIIILAX HAacoC capKOIJa3MaTHYeCKOro
PeTHKyJyMa, NO-BHAHMOMY, SIBJIf€TCSl €IMHCTBEHHBIM paccaabJsio-
muM axropom). Kakoit BkJlax B 3JeKTpOMeXaHHYeCKOe COMNpsiKe-
HHe MHOKapla BHocAT cuctreMa Na/Ca-o6mena u Ca-ATda3za cap-
koseMMH? CpoactBo capkojeMManbHO Ca-AT®a3n kK HoHAM
KaJIbliHsi 4Ype3BbIYAffHO BHICOKO, OJHAKO KOHLEHTpPAaLHs MOJEKY.JI
storo ¢epMeHTa B KapAHOMHOLHMTE H, CJIefOBaTeNibHO, HX obuias
Ca-TpaHcnopTupylouiasi akTHBHOCTb HeBesiHKa. Ilo Bcelt BHauMO-
ct, Ca-AT®a3a capkoaeMMnl «noaGupaer» HeOOJbLIOE YHUCTIO
CBOOGOJHBIX HOHOB KaJlbl[M$l, KOTOpPHle OCTAlOTCA B LMTONJIa3Me
KJeTKH cepJla, HaXONSILerocss B COCTOSIHHH JHAaCTOJHL.

Yuacthe cucreMbl Na/Ca-o6MeHa B 3J€KTpOMeXaHHYECKOM
COMpSI2KEHHH cepjla HelaBHO NPOAHAJH3HPOBAJH IO pe3yJbTaTaM
SKCMIEPHMEHTOB C H30JIHPOBAHHHIMH  NY3bIPbKAMH  CapKOJeMMH
(K. D. Philipson, R. Ward, 1986). B wuyacTHOCTH, OBIIH NPHHATH
BO BHHMaHHe TaKHe cpaKTopr KaK BeJIJHYHHa NOTeHLHaJjla Ha cap-
KoJieMMaJibHO#T MeMOpaHe, KOHLEHTpaUHsi BHyTpHKJeTrouHoro Ca?+
B CHCTOJIe H AHacToj]e cepAua ¥ KoHKypeHuuss Mexay Ca?+ u
Mg?t 3a o6lmue MecTa CBsi3bIBaHHS Ha OGMEHHHKE C y4YeTOM cTe-
xuoMmetrpuHn 1 Ca?+/3Nat.

B pesynbrate aHajauzupyeMuX (pakTopoB OB chesiaH pspg BH-
BoroB. 1. B cocrosiHHH mOKOsi KJeTKH (IuacTojia), Korjga NOTEH-
1nHasn Ha MeM6paHe orpHuareseH (—80 MB), u B B0O36y:KIeHHOM
COCTOSIHHH, ‘KOrja TpaHCMeMOpaHHBIHl NMOTEHI[HAJ IOJOXHTEJIEH, HO
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MHOrOKpAaTHO YBEJHUHMBAETCH KOHLEHTPALHS BHYTPHKJIETOUHOTO
Ca?+, Na/Ca-o6MeH cnocoGeH OCYIIeCTBJATH Jullb Bh6poc Ca?t
n3 kjetkH. 2. Cymmapnbiii norok Ca?t, onocpenoBanuwiii Na/Ca-
OGMEHHHKOM, NpH (H3HOJOrHYeCKOH KOHUeHTpauun Mg?+ cocras-
JgseT MeHee 1 HMOJb/T MBIINKE B 1 ¢, T. €. CONOCTABHM IO CKOpPO-
ctH ¢ BuiGpocoM Ca?t, korophili ocyuiecteiasiercs Ca-ATdazoi
capkosieMMHl. Kak BHAHO H3 TabJs. 3, cyMMapHast aKTHBHOCTb cap-
KOMNJa3MaTHYeCKOr0 PeTHKYJlyMa CYileCTBEHHO TIPEBOCXOLUT aKTHB-
Hocth Tpex Japyrux Ca-TpaHCNOPTHPYIOLIHX CHCTEM MHOKap/a,
NO3TOMY HMEHHO CapKOIJIa3MaTHYeCKHH PeTHKYyJyM B cepjlle, Kak
H B OHICTphIX CKeJIETHHIX MHLILAX, NpeacTasisier cob0il ocHO8HOU
caxrop pacciabiaenus.

Ta6anua 3. AKTHBHOCTb OCHOBHLIX Ca-TpaHCNOPTHPYIOUHX CHCTEM
cepAua, yYacTBYIOIUHX B mpoliecce paccaabieHust

AKTHBHOCTBE, HMoJb Ca?+/c
Kouuentpa-
uus, Mr Gen-
Ca-Hacoc Ka/r, cepneu- Ha 1 r cep-
MBILII B
MuTtoxonapun 50 0,016 0,8
Capkoria3aMaTHYeCKHA PETHKYJIyM - 2 30 75
Na/Ca-o6MeHHHK 1—2,5 0,7 0,7—1.85
Ca-Hacoc capkoneMmu 1—2,5 1 1—2,5

Pacyetnl, npencrabieHHble B Ta6J. 3, OCHOBaHH Ha JAaHHHIX O
KOHLeHTpaUHH 6esika MHTOXOHJPHH, CApKONJa3MaTHYECKOro PpETH-
KyJyMa H CapKoJeMMH B KapJIHOMHOLHTE H 00 aKTHBHOCTH CHCTEM
KaJbLHEBLIX HAacOCOB, H3MepPeHHOHl B YCJOBHfX, MaKCHMaJbHO
NPHOJIHIKEHHBIX K (PH3UOJOrHYeCKHM.

6.3. Mexanu3smbl BoiOpoca Ca2*
M3 BHYTPHKJETOUYHBIX pe3epByapoB

OnHa H3 NPHHUMNHAJBHEIX HepelleHHBIX npobJieM 3JIeKTpOoMe-
XaHHYECKOro CONpSXKeHHS] CBsid3aHa C BHISICHEHHeM MeXaHH3Ma
BuicBOOOXneHuss Ca?t H3 capkoniasMaTHYeCKOrO PeTHKYJyma NOJ
JeficTBHeM 3JIEKTPHYECKOro CTHMYJIa, BO3HHKAIOLLEro Ha TNOBepX-
HOCTHOH KJieTOyHOli MemOpaHe. He u3BeCTHH He TOJIBKO NpoMexXy-
TOYHHIe peaklinH, obecneuyHBalollHe Nepefayy 3TOrO0 CTHMYJa, HO H
CTPYKTYpa KaHaJjia, OTBeTCTBeHHOro 3a BhIOpoc Ca?+ u3 capko-
NJ1a3MaTHYeCKOro peTHKYJyMa.

B onbitax in vitro Buxon Ca?t u3 peTHKyJymMa MOXHO HHIy-
LIHPOBaTh HeCKOJNBKHMH criocobamu. CaMulii npocTofl M, HA NepBHIi
B3rJisijl, BIOJIHe «(H3HOJOTHUHBIH»— NOCTHYb oOpaiennss Ca-AT®-
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asHofi peakuuu (cM. puc. 18). Ilpu Buecennn B cpeny AP, ST TA,
Heopranuyeckoro ¢ocara H HOHOB MarHHA JeHCTBHTEJBHO yAa-
ercsl BoicBOOoauTE Bech Ca?t, aKKyMyJHpOBaHHBIE  Be3HKyJaMHu
CapKOM/Ia3MaTHYEeCKOr0 PEeTHKYJyMa. ITOT Npouecc NpOTEKaeT Co
CKOpPOCTBIO, COH3MepHMO#l ¢ HHTeHcHBHOCThio ATd-3aBucHMOro
norJouieHust 3toro KatHoHa. [Ipn 3TOM LHKJK BHICBOGOXKIEHHS H
norJoweHus Ca?+ ynaercss Bocpou3BOJIHTh MHOTOKpatHO (puc. 29).
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Puc. 29. Ilorsomenre u BubGpoc Ca?t H3 ny3bIpbKOB CapKONJIa3Mae
THYECKOIO PeTHKYJyMa CKeJeTHOH MaullH NpH HHHUHAUHH NpAMOA
H obpatHoift ATQ®a3HHX peakunit

Csenyer, OHaKO, yYMTHIBATh, YTO CKOpPOCTh BRICBOOOXKIeHHS
Ca?t u3 capkomia3MaTHYECKOro peTHKyJdyMa jpoctHraer 1—3
MMOJIb/MI' peTHKyJspHoro 6eska u npumepHo B 100 pas npeBocxo-
JUT AT®-ruaponutHyeckylo akTHBHOCTb ouHuleHHOH Ca-AT®ashl
CorslacHO oOlleHKaM NpOHHIlaeMOCTb MeMOpaHBl peTHKYJyMa s
Ca?t nmnocsie B036yXHOeHHS MBbILUNB Bo3pactaer 0oJsiee yeM B
100 pa3. ManoBeposTHO noatoMy, uto Bhb6poc Ca?+ onocpenyercs
paboroii GenKa-nepeHOCYHKa, B TOM uucJje npu obpawenun Ca-
AT®asnoit peakuud. HecomueHHno, yto nanHuiii npouecc obecneuH-
BaeTCs OTKPhHITHEM B MeMOpaHe CeAeKTUBHbLX KAAbLUEBbIX KAHA=
/08.

Bub6poc Ca?+ u3 capKomjaaMaTHYECKOr0 pEeTHKYJyMa MOXKHO
BHI3bIBaTh NMOBbIienneM pH cpenst (puc. 30). 3amenaynpanue cpeasl
BHI3BIBa€T HOHH3ALHI0O OTHEJbHBHX AaMHHOKHCJOTHHIX OCTaTKOB,
YYacTBYIOIUHX B peryJjsiiud (yHKUHH KaJblHEBOTO KaHaja HJH
cBoeoGpa3Hylo <«JenojspH3alHio» kaHaJsa. OfHAKO C TOYKH 3pe-
HHAl (QH3HOJIOTHYECKOH 3HAYHMOCTH 3TOro sIBJIeHHSl TPYAHO Npen-
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CTaBHTb, UTO B LHTOIIa3dMe MBILIL, HMeoueHd MouUlHyl0 OydepHyio
CHCTEMY JJisl BOIAOPOIHLIX HOHOB, NEPHOJHYECKH NPOHCXOAST OLLY-
THMHlE caABHTH pH.

Hafinenst BewectBa, crnoco6Hbie HHAyHupoBaTh BhOpoc Ca?t
H3 CapKOIJa3MaTHYeCKOr0 PETHKYJiyMa, HalpHuMep Kogeul N uOHbL
cepebpa (puc. 31). B nocnennem cayuae BhOpoc Ca?t cps3aH ¢
6JIOKMpOBaHHEM OJHOH HJH HECKOJIbKHX CYJb(QrHAPHJIBHHIX Tpynn
B coctaBe Ca-AT®asn uJAH HHOrO HHTerpajbHOro 6eJika capko-
nja3MaTHyeckoro peTHkyJayMma. Beibpoc Ca?+ npu sToM noTeHIH-
Hpyetrcst He T04bK0 ATD, HO u e20 HezulpoAu3YeMblm QAHANOZOM.
CnenoBatesibHO, caMo0 no cebe cBa3nBaHne AT® akruBHpyer
KanaJs, oOecneyuBapomuii BeOpoc Ca?*. Hcnoabsys nono6Hble
coeMHEeHHs] KaK HHAYKTOphl BhOpoca Ca?t, MOXHO nNpHOJH3HTBCH
K BLISICHEHHIO MeXaHHM3Ma 3TOro Ipolecca H CTPYKTYpHl KaJbliHe-
'BOTO KaHaJja. '
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Puc. 30. Kone6anus ypoBus Ca?+ B ny3nippKax
CapKOIJIa3MaTHYeCKOrO peTHKyJyMa H3 cephey-
HOR MHILINH B 3aBHCHMOCTH oT pH cpenn

Haunbonee nogpobuo obcyxnaior 0sa mexanusma svice060sicde-
Hus Ca?t u3 capkonaasamaTuweckozo peTuKyAyma: BCAENCTBHe H3-
MEHEHHUsI HOTEHIHAa/a Ha pPeTHKYJAsipHOil MeMOpaHe H yBeJIHUEHHS
KOoHUeHTpauuu camoro Ca?t B uuronsnasme.

T'unotesa 06 u3MeHeHUU 3NEKTPUYECKO20 NOTEHUUAAQ HA MeM-
6pare capKOMJIa3MaTHYECKOrO PETHKYJyMa B OTBET HA JENOJIfpH-
3al(MI0 NOBEPXHOCTHOH MeMOpaHh H ee BHYTPHKJIETOYHHIX OTBET-
Biaenuit (T-tpyboueK) HenmpoTHBOpeUYHBO 0ObsicHsieT GHICTpoe yBe-
JinyeHHe KoHlleHTpauun Ca?+ B nuTonsiaaMe akTHBHPOBAHHOW MEI-
weynont kJyetkH (A. F. Huxley, F. E. Taylor, 1958; ' M. Endo,
1979). TepMunanpHBle LMCTEpHBI PETHKYJYMa IPOCTPaHCTBEHHO
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NpHOJIHXKEHH K NMOBEPXHOCTHOH MeMOpaHe H MOXHO MNpPENNOJO-
JKHTb, YTO JOKAJbHOE M3MeHeHHe 3apsijia B o0JjlacTH MeXJay 3THMH
CTPYKTypaMH BHI30BeT JeNOJIIPH3aLHI0O BHYTPHKJeTOYHOH MeMO-
paHHO#i cHcTeMbl. B npHHLHNE, KOHUEHTpaUHOHHBI rpannent Ca?+
no o6e cTopoHbl MeMOpaHbI CapKONJa3aMaTHYECKOro pPeTHKyJyMa B
cocrosiHuu mokosi Muiubl (10~7 Moab/s1 B uUHTOMJIa3Me H OKOJIO

10-3 MoJsb/N1 BO BHYTPHPETHKY- Ag* A

JsipHoM o6beMe) Moxer oO6e- l o~

CMIEYHTDh 3JIEKTPHYECKHH IOTEeH- <

S

nuasa G6osee 100 MB (cMm. ypaB- S

HeHne HepHcra). S
1 mun

JlaHHYIO rHNoTe3y B TeueHHEe

MHOTHX JieT (H3HOJIOTH pac-
CMaTpHBAaIOT KaK HauboJiee Be-
POSITHYIO, €CJIH He eJIHHCTBeH-
HY10, HECMOTpsi Ha OTCYTCTBHE
JaHHBIX O CYIIEeCTBOBAHHH 3Je-
KTpHUYECKOr0  MNOTeHIHaja ha
MeMOpaHe cakpornJjasMaTtHye-
CKOr'O PEeTHKyJyMa B COCTOSIHHH p
nokost MumIbl. JJs NpoBepKH +ATQ
3TOH THNOTe3W OHJIM BHIOJHE-
Hbl 3KCNIEPHMEHTH MO 3aMeHe
HOHHBIX Cpel B LIHTOIJIa3Me MHI- :
weuntix Kietox, aumennuix cap-  bosr S%, Buttee G w o
KOJIEMMBI, HJIH B CYCIIEH3HH p€- jyma non JAeficTBHEM XJOPHCTOrO
THKYJSipHEIX  ny3elppkoB (L. cepe6pa
Ford, R. J. Podolsky, 1970; M.  BaiSpos xamuss sospacract rox aeher
Kasai, H. Mlyamoto, 1976) aHanora
[IpuHHN paHHOrO mMoxXxoza oc-
HOBaH Ha pas3jIMYyHOH NPOHHLAEeMOCTH MeMOpaHbl CapKONJa3MaTH-
YECKOr0 PETHKYJyMa JHJisl psiia aHHOHOB H KaTHOHOB. [Ipm 3aMene
B cpelle cinabonpoHHKaloulero aHHoHa (HanmpuMep, MeTaHcyJbdoHa-
Ta MJIH TJIIOKOHATa) Ha aHHOH, XOPOWIO NPOHHKAWOUIHII Yepe3 MeM-
Opany perukynyMa (Hamnpumep, XJjopa), pH HeH3IMEHHO! KOHLEHT-
palHy KaTHOHOB BO BHYTPEHHEM INPOCTPAHCTBE CapKOIJa3MaTHye-
ckoro perukyiayma Cl~ nomkeH GHICTPO AKKYMYJHPOBATbCH, YTO
npuBeleT K MOSBJeHHI0O M30OHITKa OTpHLaTeNEHOro 3apspa. Takue
YCJIOBHSL B CaMOM JieJle BHI3BLIBAIOT ObicTpoe BhicBOOGOXKaenne Ca?t
Bo BHewHoW cpeay (Y. Makajima, M. Endo, 1973). Bosnee Toro,
ONBITHl € MOTEHUHAJNYYBCTBHTEJbHEIMH (DJIyOpecUeHTHBIMH 30HIaMH
CBHIETEJIbCTBOBAJW O TOM, YTO B pe3dyabTare NONOOGHHIX MaHHIY-
JSIUHA C HOHHBIM COCTaBOM, a TaKXe Npu norsomenun Ca?t ny-
3bIPbKAMH HJIM NPH €ro BHIXOJ€ B cpely, HHAYLHPOBAaHHOM JIIOGHIMH
JpYrHMH cnoco6aMH, COOTBETCTBEHHO MEHSIETCSI M 3JIeKTPHUECKHH
3apsAl Ha BHYTPEHHEH TIOBEPXHOCTH pPeTHKYJspHOA MeMOpaHHl
(Martonosi et al., 1979).

+AMD-P(NH)P
P

Kosuveemfe  xamvyuA

Bpema , mun
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OnHako 3TH yOeAHTeNbHEIE apTYMEHTH B NOJIb3y NOTEHIHAJ3a-
BucuMoro Bbixona Ca?t M3 capkomjasMaTHYeCKOro peTHKyJyMa
Hayajii pacChHNaThCsl, KaK KapTOYHHI JOMHK, IOCJe COOTBETCTBY-
IOL{HX KOHTPOJBLHBIX 3KCNepHMeHTOB. Bo-nepBhix, 6blI0 06Hapyxe-
HO, uto -Bhixoxg Ca?t H3 capkomsa3MaTHYeCKOro PpeTHKyJyMa IMpH
3aMeHe cJabonpoHHKalOLlero aHHOHAZ Ha XOpOLIO NPOHHKAIOLIHi
OGyCJIOBJIEH OCMOTUHeCKUM 3pppexTom (Kak OB OJHOMOMEHTHBIM
«CXJIONBIBaHHEM» MeMOpaHHBIX Ny3HPbKOB), 4YTO HabJojaeTc H
npu obpaTtHoM mnopsiike HOHHOro 3aMeweHuss (G. Meissner, D.
McKinley, 1976). Bo-Bropbix, H3MeHeHHS (JyOpeClUEeHIHH «IO-
TEHLUAJYYBCTBHTEJBHBIX®» 30HAOB IPOHCXOIAT TaKXe IPH CBA3H-
Banuu HoHoB Ca?t ¢ cOOTBeTCTBYIOLUHMH y4yacTKaMH Ha MmeMOpaHe
peTHKyJiyMa M B psille cJyyaeB HHKAaK He 3aBHCEJH OT MNpejmnoJia-
raemoii BeJIMYMHBI HJIH 3HaKa TpaHcMeMOpaHHOro noreHuHaJa.

[Ipy paccMOTpeHHH BO3MOXHOCTH CYLIECTBOBAHHSI 3JIeKTpHYe-
CKOro moTeHuHasa Ha mMeMOpaHe capKONJa3MAaTHYECKOr0 pETHKYJY-
Ma cJie/lyeT YYHTHIBaTh, YTO BeIEeCTBa, «IIYHTHPYIOL[HE» MeMGpaHy
no TakuM HoHam, kak Nat, K+ u H*, npakTHueckn He BJIHSAIOT HA
aKKyMYJIAILHIO KaJbLUHS PETHKYJYMOM H He BHI3HBAalOT BHOpOC
aToro KatHoHa B cpeny. Kpome Ttoro, MeM6pana capkomnya3marHye-
CKOr0 peTHKYJyMa, He NpOHHLaeMassi B OOBIUHBIX YCJIOBHAX HJIS
Ca?t, cBoGoaHO nNponyckKaeT OXHOBAaJIeHTHhie KATHOHBI M aHHOHHI,
ManoBeposiTHo NO3TOMY, YTO TNOTEHIHaJ, BO3HHKAIOLIH{I TpH
sHepro3aBucHuMoM mnorsomennn Ca?+, He KOMIEHCHpyeTCS HeMel-
JIEHHO CHMIOPTOM AHHOHA HJH AHTHIIOPTOM OJHOBAJIEHTHOro Ka-
THOHa. TakuM o6pa3oM, A0 HacTOAILIEro BpeEMEHH He IOJyYeHO
OJHO3HAYHBIX J0OKA3aTeJbCTB HE TOJbKO IOTEHIHAJ3aBHCHMOIO
Bu6poca Ca?t+ u3 capkomiasMaTHYeCKOrO PETHKYJyMa, HO H CY-
1ecTBOBaHHSI Ha MeMOpaHe peTHKYJiyMa CTOMKOro 3JIeKTpHYECKOro
NOTeHIIHaia.

B racrosimee BpeMs Bce Gonbuiee BHHManue ynensiercs Ca-
undyyuposantomy sviceoboscdenuro Ca*t u3 capxonsa3maruyuecko-
20 peTuxkyaryma.

Ecsiv noMecTHTb H30JHpPOBaHHOe cepjilie B OecKaJsbIHEBYIO cpe-
Iy, TO y>e 4Yepe3 HECKOJIbKO CeKyHJA Halbjlojaercs mnpeKpalleHHe
€rc CNOHTaHHBIX cokpameHuil. M3 atoro ciaenyer, yto HOHBI KaJb-
LA, NOCTynalouye B KapAHOMHOLMT uepe3 MejJieHHble KaJlbl(He-
Bhle KaHaJbl HJIH nocpencrBoM Na/Ca-o6MeHa uepe3 capKoJieM-
MaJibHyl0 MeMOpaHy, y4yacTBYIOT B MpoOliecce 3JIeKTpOMeXaHHYe-
CKOIr'0 CONpSIXKEeHHS.

Jlornuno npennoJIoXuTh, 4TO BXomswuin B Kjaetky Ca?t+ yeno-
CpPefiCTBEHHO cBsi3biBaetrcsi ¢ TponoHHHOM C M TeM caMbBIM aKTH-
BHpYeT COKpaTHTeJIbHBIH amnapar cepAlla. B npuHIHNE CKOPOCThb
pacnpocTpaHeHHsl «KaJblHEBOA BOJIHEY® B LHKTOIJIa3Me jaxe
KPYNHOH KJIeTKH 32 cYeT NMpocTon AHPODY3HH HOCTATOYHO BHICOKA
(cM. puc. 10). Opgnako kxonuuectBo Ca?+, nmoctrynarouiero H3BHE,
COCTaBJIsieT JIHLIb HECKOJIbKO NMPOLEHTOB OT yPOBHS, HEOOXOJHMOro

84



ISl pa3BHTHS COKpalleHHs. B cBA3n c 3THM Oblia npepJioxeHa
2unoresa pezeneparusnozo 6viceoboxdenun Ca?* u3 capkomnya3ma-
THYECKOI'O PETHKYJyMa, DOCTYJHpYyIoLlasi, YTO JIOKaJbHOe MOBHILIe-
HHe KoHueHTpauuH Ca?+ OKOJIO TepMHHaJbHBEIX LHCTEpH (3a cyer
Ca?+, moctynalouiero H3 MeXXKJEeTOYHOro NPOCTpaHCTBA) NPHBOJHT
K OTKDHITHIO CeJEeKTHBHOro KaHajna H GHICTpOMYy BHIOpOCY 3TOro
KaTHOHAa B MHOILIa3My.

Kanbuuitmaayuupyemnrit Boibpoc Ca?+ Moxet GbITh IPOJEMOHCT-
PHPOBaH KaK Ha JIMIUEHHBIX CapKOJEeMMBl BOJOKHAX Cepilia H CKe-
JIeTHHIX MBI, TaK M HAa H30JHPOBAHHLIX BEe3HKYJaXx CapKomJjas-
MaTHYyecKoro petukyayma. KoJnyecTBO BHIXOASILIErO0 H3 PETHKYJY-
Ma KaJbliHs ONpejessieTcss KOHLEHTpauHell 3Toro KaTHOHa BO BHY-
TpeHHeM NpPOCTpPAHCTBE PETHKYJyMa, a TaKXKe HCXOLHOH H KOHey-
HO! koHueHtpainueil Ca%t Bo BHeluHeil cpefe. CyiecTrBeHHO, 4YTO
NpH HOCTHXeHHH KoHueHTpauuu Ca?+ B cpene Bhillle OnpejeJeHHO-
ro noporoporo ypoBHs (oT 3 no 5 mMkmosb/n) BHOpoc Ca?t us
capKoIVIa3MaTHYeCKOro PeTHKyJyMa yMeHbllaeTcs.

Haunbosiee cepresnble apryMeHTH B IOJIb3y (YH3HCJOrHYECKOH
sHayuMoctH Ca-uHayuupoBaHHoro BeiOpoca Ca®t u3 capkoniasma-
MATHYECKOTO peTHKyJyMa mnojnydeHn A. Pabuato Ha OJHHOUHBIX
KJeTKax cepjiua, JHUIeHHHX capkoneMMbl (A. Fabiato, 1985).
IJTHM YYeHbIM BHLINOJHEHH TNOMCTHHE IOBEJHDHBIE 3KCNEPHMEHTH C
HCIIOJIb30BAHHEM HECKOJIBKHX MHKDOMAHHNYJSTOPOB H MHKDOIHIe-
TOK, NpeJHa3HAaYe€HHBIX JJIi BBENEHHS B KJETKY pas3JjHYHBIX Be-
IIeCTB H perucTpalHH COKPAaTHTeNbHO# akKTHBHOCTH. COOTBETCTBY-
IOIHe CHTHAaJbl, MOCTYyNaloliHe B peadyJsbTaTe H3MeHeHHH (OpMBI
KJeTkH M KoHUeHTpauuH Ca?t, perucTpHpyeMoil no CBEYEHHIO
3KBOpHHa, o0pabaThlRajH C MOMOIUBI0 KOMNbIOTEpaA.

Onwitel 6bl1n NpoBedeHbl Ha KjaeTtkax llypkuHbe cepaua coba-
KH, B KOTOpbIX Bce MHOGHOPHIIB OKPY2KEHbl IJIOTHEIM CJIOEM cap-
KOIJIa3MaTHYEeCKOr0 PEeTHKYJyMa, COCTosllero 3 Tpy6oueK H Tak
Ha3b{BaeMOIro coedurureabHozo peruxkysyma. Ilocaenuuit cnocoben
K BuiOpocy Ca?*, HOo He HMeeT KOHTaKTa c¢ capkojeMmoil. Ilog
KOHTPOJIEM MHKpONpolieccopa ¢ NOMOILbI0O MHKPOMHBEKLHH OBLJIO
BO3MOXHO H3MeHATb KoHueHTpauHio Ca?t y nmoBepXHOCTH capKo-
NJ1a3MaTHUYECKOrO PEeTHKyJyMa 3a BpeMs okojo 1 mc. Okasanoch,
YTO CMOHTAHHbLIE COKpAIUEHHS KapJAHOMHOLHMTA M CONYTCTBYIOLIHE
M norJoimiedne u BHOpoc Ca?t MOryr H3MeHSTbCS NPH AOMOJHH-
TeJbHOM BHeceHHH Ca?t B yyacTOK, HeNOCpPeICTBEHHO INPHMBIKAIO-
wHi K obJsactu uucrepH. Ilpu stoM, xorga ¢.iyopecueHTHBIH CcHr-
HaJl 3KBOpHHAa YyBeNHYHBAeTC (YTO COOTBETCTBYET YBEJHYEHHIO
KoHueHTpauuu Ca?+ B nutonnasMe), BHewHuii Ca?+ BHI3HBaeT
JONOJHHTEJIbHOE BbIJeJeHHe 3TOr0 KaTHOHA M3 capKoIlja3MaTHye-
CKOTO peTHKyJyMa; NpH 3aTyxalolleM CHrHaje KDacHuTeJs TaKoil
sddekT oT fo6aBKH KaTHOHA He HalbJonaercd.

PesyJsbTathl 3TOr0 3kcnepuMeHTa CHHMAIOT ONpelesIeHHOE BHYT-
peHHee NPOTHBOpPEYHe B COBDEMEHHOIl CXeMe 3JIeKTPOMeXaHHYecKo-
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ro COMNpSIXKEHUSI CepledyHOii MBIUILI H, B YaCTHOCTH, B MeXaHH3Me
Ca-unnyuupopanHoro Be6poca Ca?t, [leiicTBHTeNBHO, NoYeMy
yBesiHyeHHe kKoHueHtpalun Ca?t B MHomjasMe NPHBOJHT K aKTH-
RAUHH KaK ero MNMOrJIOIIEeHHsI CApPKOIJa3MaTHYeCKHM DeTHKYJIYMOM,
Tak H BhGpoca? MOXHO INpeanoJOXHTb, YTO CYLIECTBYET HJIH
Konkypenyus 3a Ca?t mexdy Hacocom u KAHAAOM 6BI6POCQ KATU-
OHa, HJIH KaHaJ BbIOpoca HHaKTHBHpPYeTCS BO BpeMeHH.

Corsnacho A. ®abuaro, yBeJIHYeHHe KOHLEHTpauuu cBOOOAHOrO
KaJIbllHSl Yy BHeLIHeHl MOBEPXHOCTH CApKOMJa3MaTHYeCKOTO peTHKY-
JiyMa Bbl3niBaeT BhiGpoc Ca?+, Korja CKOpOCTh M3MEHEHHS! KOHLEH-
TpaluH KaTHOHA BeJIHKAa, HO NPHBOAMT K norsomeHxio Ca?t npu
Me[lJIeHHOM CIBHre €ro KoHueHtpauuu. Kpome toro, kaman BbOpo-
Ca MHAKTHBHPYETCS He TOJBKO BO BpPEMEHH, HO H NPH YyBeJHYeHHH
konueHtpauuu Ca?+. IloatoMy B pebdpakTepHBIH NepHOX, mnoclie
Bul6poca ouyepenHoil mopuuH Ca?t, peTHKyJyM (YyHKUHOHHpyeT
JIHLIb KaK KaJblHeBbH Hacoc. TakuMm o6pa3oM, IPH NOCTYIJIEHHH
Ca?+ B Muomia3My uepe3 capkoJieMMaJibHyl0 MeMOpaHy JiHUIb
nepBulfi OLICTPHI KOMNOHEHT KaJlbLIHEBOro TOKa BHI30BET BHIOpOC
Ca?+ u3 capkomjiasMaTuyeckoro petHkynayma; Ca?t, powenmuii B
KJIeTKy N0 «MeAJIeHHOMY» KaHaJsy, OyleT NOrJOlleH peTHKYJyMOM
H BHOBb NIOCTYNIHT B MHONJa3My INPH ouepefHOM BO36YyXIEHHH
KJIETKH. '

OnuH H3 NOAXOJOB K H3YYEHHIO Npolecca 3JIeKTpOMeXaHHye-
CKOro conpsixkeHusi # GyHKUMH KaHaJja Bel6poca Ca?+ u3 TepMu-
HaJbHBIX IHCTEPH CBA3aH C MCMNOJb30OBaHHEM 6ewecrs, so3delcr-
8Yrolllx Ha CUNY COKPAUWLEHUS MbllY, B TOM YucJe KopeHHa, pHa-
HOJMHa, pYTEHHEBOro KpacHoro u HHo3utTpHcdochara. Cpenu
5THX BelllecTB KOgeun BHJessieTcsi COCOOHOCTHIO BHI3bIBATH KOHT-
PaKTypy KakK MOKOSIUMXCS, TAK M BO3OYXAEHHBLIX MBI, T. €. Ha
¢one nemossipH3anMu KJjetouHoH MeMOpanbl. Hcxoasi M3 JaHHHX,
NIOJIyYyeHHBIX B 3JIEKTPO(MH3HOJOTHYECKHX 3KCIepHMEHTaX, yBeJH-
YeHHe CHJIBI MBILIEYHOrOo COKpallleHHs Mnoj JeHcTBHeM KogeHHa
JAoMKHo oOycynoBauBaTecsi BHOpocoM Ca?t u3a capkomiasmatHyec-
Koro perukysnyma. OnHako BHayaJjie HHKaK He ynasaJjioch 3ab.io-
KHpoBaThb KOo¢enHoM akkyMmyasuuio Ca?+ u3osupoBaHHBIMH ¢par-
MeHTaMH CapKONJa3MaTHYeCKOro peTHKyJyMa H obecneynTth BbIO-
poc ero B cpeay. IT0 OHJIO HOCTHIHYTO JIHIIB IOCJ€ TOJIHOM
3arpy3kH ¢parMeHTOB CapKOMJa3MaTHYECKOTO PeTHKYJyMa.

JlauHblfi ¢eHOMeH MOJNyuYns B jaJibHeiilleM Hpoctoe oGbsAcHe-
Hre. KodenH neficTBHTeJbHO B3aHMOAEHCTBYeT C ONpefeseHHBM
6enkoM (yacThbI0 KaJibLIHEBOro KaHaja) Ha NoBepXHOCTH MeMOpa-
HH capkonsjasMatHgeckoro petukyjJyma. OjnHako penentop njs
KoenHa He pacnosiaraeTcsi pPaBHOMEPHO B CeTH PETHKYJyMa, a
JIOKaJH30BaH B TepMHHAJbHEIX UHcTepHax. IlostoMy nmoGaBnenue
KodenHa K HeppaKLHMOHHPOBAHHOMY NpenapaTty MHKPOCOM, K TOMY
JXe He NOJHOCTbIO HachilieHHOMY Ca?t, BHI3HIBajIo BHIXOJ KaTHOHA
H3 (parMeHTOB TepMHHAJBLHHIX LHCTEDH H He 3atparuBado Ca?t,
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aKKyMYJIHDOBaHHHII BO (pparMeHTax TNPOAOJLHHIX Tpybouek. BHI-
mequnit B cpeny Ca2?t+ 3axsarthiBajics (pakuueit kodperHHeuyBCT-
BHTEJIbHEIX TY3HIPbKOB. Takoe cBOWCTBO KO(EHHA MNO3BOJHJIO NpO-
M3BECTH Y€TKOe NpenapaTHBHOE pa3fiejieHHEe IBYX OCHOBHHIX (pax-
nuit perkynsapHeix Mmem6pan (M. K. Anues u np., 1985).

BesukyJibl capKomiasMaTHYeCKOro PpEeTHKYJyMa 3arpyxaliu
Ca?+ B mpucyTcTBHH KOdeHHA, a 3aTeM UeHTPH}YrHpoBasu B rpa-
JHeHTe MJOTHOCTH caxapo3bl. YTsixKeJleHHhle KaJjbliHeM, HeyyBCTBH-
TeJIbHbhle K KogeHHYy MeMOpaHHble Iy3hIPbKH OCaXJa/HCh, a JIETKHE,
He 3arpyXeHHble KaJibl[HEM, OCTaBaJIHCb B HaJOCAJOYHON KHIKO-
cTH. B nepBoM npenapate npakTHYeckH Bech 6esIOK MPHXOAHJICS Ha
Ca-AT®a3y, Bo BTOpoM — NPaKTHYECKH B SKBHMOJSIDHHIX KOJHYe-
CTBaX COCPEJOTOYHMBAJHCH KAaJbLUHATPpaHCIOPTHPYIOIIHA 6€JIOK H
KaJlbceKBeCTpHH. TakuMm o6pa3oMm, 3TH ¢pakuHH COOTBETCTBOBAJIH
NPOXOJBHHIM TPYGOUKAM H TepMHHAJIBHEIM LHCTEpHAM.

MexaHuaMm peiictBusi KopeHHa TecHO cBf3aH ¢ npoueccom Ca-
HHAyLHpOoBaHHOro BuicBOGoxknenusi Ca?t, Bo-mepBhiX, KodeHH
TaKXe OKa3blBaeT [AeiCTBHe Ha capKomJasMaTHYECKHHl PETHKYJIYM
B 06J1aCTH TepMHHaJBHBIX LHCTEPH, BO-BTOpHX, 3¢dekT kodenHa
HanboJiee BhipaXkeH NPH HHU3KHX KoHueHTpauusx Ca2?+. KonueHtpa-
LIIHOHHAasT 3aBHCHMoCTh JeficTBuA BHeluHero Ca?+ na BHIOpoc Ca?+
H3 peTHKyJiyMa ciBHraercs B o6Jiactb 6ojilee HH3KHX KOHIEHTpa-
IIHA 3TOro KaTHOHa B cpelle, conepxkauleit KopenH. Takrum obpa-
30M, KodeHH noreHuHHpyeT AefictBHe BHellHero Ca?+,

Jlo CcHX mop OKOHYaTeJHHO He pellleH BOMpOC, BHI3HIBaeT JiH
BTODHUYHBI  MecceHaXep — HHO3uTTpHchochaT (cM. paszd. 1.3)
BuOpoc Ca2+ u3 peTrHKy/JayMa MHIIEeYHHX KJjaeTokK. IlokasaHo, uto
BuOpoc Ca?+ u3 ny3HIpHKOB CapKOINIA3MaTHYECKOTO PeTHKYJyMa,
H3oJupoBaHHhXx M3 cKejeTHOH (P. Volpe et al., 1985), rnapkoii
(E. Suematsu et al.,, 1984) u cepneunoii (M. Hirata et al., 1984)
MBIIIL, TPOHCXOAHT NPH MHKPOMOJISIDHOH KOHIEHTpAaUHH HHO3HT-
TpuCchochaTta. a8 MHKpPOCOM H3 IVIaIKOH MHIILE 3TOT BHIBOL
npeiacTaB/sieTcsi BnosiHe OOOCHOBAaHHHIM. B To e BpeMs B LeJIOM
psille HccleloBaHHi, NPOBeJleHHbIX Ha Npenapatax peTHKYJyMa H3
cepleyHONH H CKeJIeTHHIX MHIIIL, neicTBHe HHO3UTTpHCchOcdaTa He
6BLJI0 NPOAEMOHCTPHPOBAHO.

OOGBACHHTD 3TH SIBHhIE NPOTHBOPEYHSI MOXKHO NPEATIOJNOKEHHEM,
YTO OTpHUATEJBHHI pe3yabraT o0ycjioBleH notepefi B Xole Bhije-
JIHTEJIbHOH TMpollelypH crneuH(pHYeCKOro penentopa HJs HHO3HT-
TpHCchochaTa.

BrIBOJ O NMpHYAaCTHOCTH TOrO MJIH HHOTO areHTa K MNpoueccy
3JIEKTPOMEXaHHYeCKOro COMpsKeHHs, KaK Gbl TO HH ObLIO, JOJIXKEH
ObiTh cAeJlaH B ONKITaX Ha MaKCHMaJ/bHO HHTAKTHOM CHCTEMe, Ha-
npumMep Ha Uenanlx kjetkax. [Ipu poSasnennn MgAT® x kapamo-
MuoluTaM, o6paboTaHHHM CaNOHHHOM JAJIsi YBeJIMYEHHS HecCIHelH-
¢Hyeckoft npouHlaeMocTH capkoseMMH (M. A. Movsesian et al.,,
1985), nmpoucxoaMt yMmenbllleHHe koHUeHTpauuu Ca?t B cpene 1m0
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0,18 mkmonb/an (puc. 32). Buecenue 1,5 MKMOJIB/J1 HHO3HTTpHC-
dochara meficTBHTESbHO NPHBOAHT K H3MEHEHHIO CHIHaJla KBHHA-2,
COOTBETCTBYIOILEr0 yBeJHYeHHIO B cpelne KoHueHtpauuu Ca?+, xots
H ovyeHb He3HauyuTeJbHOMY (Ha 20 uHMmonb/a). Ho maxe 3tor 3d-
¢eKT okasajici apreakToM BBHIY TOro, YTO CHrHaJ (pJayopecLeHT-
HOr0 KpacHTeJsisl MEHSJICA TakuM ke o6pa3oM NpH BHECEHHH HHO-
sutTpuchochara B cpely Ge3 kJeroK. B To ke BpeMsi mpH Hcuep-
nanud AT® no6aBkofi ryIOKO3bl H FeKCOKHHA3hl MPOMCXOAMJ OHICT-
pHiii Beixon Ca?t H3 ero BHYTPHKJIETOYHOrO Jelo.
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Puc. 32. OrcyrcrBue ReficTBHs mHo3uTTpHchOcdaTta (MP;) Ha Bhic-
BoGoxfenHe Ca?t H3 KapAHOMHOUMTOB, 06paGOTaHHHX CaNOHHHOM
(B paMke — KOHTPOJIbHHA ONbIT, NpOBelleHHH B cpede 6e3 MHOLM-
ToB) (mo M. A. Movsesian et al., 1985)

Bonpoc o TOM, MOXeT JH HHO3UTTPHUChOChAT BH3HIBaTh BLIO-
poc Ca?+ u3 capKomiasMaTHYecKOro peTHKYJyMa CepledyHOH H CKe-
JIETHBIX MBILIL, HMeeT NpHHUHIHAJIbHOE 3HAYEeHHE IJISl YCTaHOBJIEHHUS
OOLIHX 3aKOHOMepHOCTeH H OTJIHYHH CHCTEM, PEryiHpYIOIHX MOOH-
JIH3anH1o BHyTpuKJeToyHoro Ca?+ B pasJIHYHBIX KJIeTKax B OTBET
Ha pa3HooOpa3Hble CTHMYJH H3BHe. I[JOMHMO KJeTOK rJagkoi
MycKyJaaTypel HHO3HTTpHc(PochaT Bb3bIBaeT BhICBoOOOXKaenne CaZt
H3 OpraHeJjij, sIBHO OTJHYHHIX OT MHTOXOHJpH! (BeposiTHee BCero,
H3 3HOONAA3MATUYECKO20 PETUKYAYMa), B KJIeTKax MNOAXKeJNyrou-
HO#l XeJe3bl, HeATpodHIax, Makpodarax, TpoMOolHTax, renaro-
uurax, ¢pubpobsacTrax H MHOTHX APYrHX KJetkax. CTHMyJHpPOBaHHe
KaXJofi M3 3THX KJIETOK COOTBETCTBYIOLIHMH aroHHCTaMH CONpo-
BOXJlaeTcsl yCKOpeHHeM ruaposusza ¢ochaTuiHauHO3UT-4, 5-6GHc-
¢ochara c obpasoBanHeM AHALMJTJIHLEpHHA H HMHO3HTTpHC(DOCha-
Ta. B TO >xe BpeMsi B KJeTKax cepAla H CKeJETHHIX MHIIL BHOpOC
Ca?+ HHHUHHpYeTCS HCKJIIOYHTEJBHO 3JIEKTPHYECKMMH IpolLecca-
MH, NIPOTEeKaIOIHMH Ha capKoJeMMe, B YaCTHOCTH, 3a CYeT aKTHBa-
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uun  Oeictporo Na-kaHana W (HAH) noteHlHan3aBHcuMoro Ca-
KaHaJia, -

B 37Ol CBfi3H cJielyeT OTMETHTb, YTO AaKTHBHOCTb NPOTEHHKHHA-
3al C B cepiue H CKeJETHHIX MBILIIAX CYLIECTBEHHO HHIKe, YeM B
JpYrHX HCCJeNOBaHHBIX OpraHax H TKaHAX, H COCTaBJS€T BCEro
5—10% oT akTMBHOCTM JaHHoro ¢epMeHTa B TpoMbOouHTaX
(Y. Takai et al.,, 1982). MoxXHO npeANoJIOXHTb, YTO B CAPKOIIa3-
MaTHYECKOM DETHKyJyMe CKeJeTHBIX M CepIeYHHX MBIIIL OTCyTCT-
ByeT peuentop Ajas HHO3UTTPUcochaTa M KJIETKH 3THX TNOCTOSHHO
COKpaLIAIOLUUXCSA MBI HE HCNOJNb3YIOT MEXaHH3M, CBA3aHHHI CO
3HAYHTEJbHbIM pacXoJOBaHHeM KHCJBIX (ocdosHnHaoB.

He Jjoxwupasch BHISICHEHHSI TNPHPOABLI OCHOBHOro (pakropa,
ob6ecneunBawuero Briopoc Ca?+ H3 capkonjasMaTHYECKOro peTH-
KYyJlyMa, HCCJaeloBaTeNH HeJialoT NMONBITKH BHJAENHTb KAHAA KAAb-
yuesoeo svibpoca. OnMH U3 NMOAXOAOB CBA3aH C H3yueHHeM O6eJIKOB,
CBSI3bIBAIOLIHX areHThl, KOTOphle MOAH(PHIHPYIOT QYHKIHIO KaJbliH-
€BOro KaHaJjia. B HX uMcie aJKajiouJ puaHooun, crneuupHyeckKw
CBSI3bIBAIOLHICS C pelieNTOPpOM, KOTOpHIA JOKaJH30BaH B MeMOpa-
HaX TEepPMHHAJbHBIX LHCTEPH H BJHSAET HAa MeXaHH3M BHICBOOOX-
nenusi Ca?t, unayuupoanunit Ca?+t,

YcTaHOBNEHO, YTO PHAHOAMHOBHIL pelenTop NpejCTaBJseT CO-
6oit onuroMep c MoJsekyJsaspHoit Maccoil okosao 10¢ II (I. N. Pes-
sah et al, 1986). On conepXHT pHAHOAMHCBA3LIBAIOWIMH LEHTp H
JHUCCOUMHpYeT Ha OesJKH C MoJiekyJasipHOit Maccoit GoJee 200 k][I
u Ca-ATdasy. Tak kak cBsishBaHHe pHaHOAHHA M Ca-HHIYLHpO-
BaHHbi BeIOpoc Ca?t B OJHHAKOBOH Mepe 3aBHCAT OT TaKHX (ak-
TOpOB, Kak KoHueHTpauusi Ca?t y HHrHOHUTOpPOB (pyTeHHEBOro
KpacHoro H Mg?t), npeanosaralot, 4YT0 pHaHOAHH B3aHMOJEHCTBY-
€T C KaHaJIOM, OTKPHIBAIOIUUMCA I0J BO3JeHCTBHEM CaMOro KaJb-
IHS.

[IpennpuusiTa TakKe NOMHTKA BBIAENHTh pelentop KodeuHa
(A. M. Rubtsov, A. J. Murphy, 1988). ITocie conoGuIH3aUHH
¢parMeHTOB CapKONJa3MaTHUECKOrO  PEeTHKYJyMa, oborauieHHBIX
TEPMHHAJbHBIMH IITHCTEDHAMH, H 3JIOUHH CO CNElHaJbHOH KOJIOHKH
6enKOB cynepHaTaHTa pPAacTBOPOM C BBICOKOH KOHIEHTpalHel Ko-
¢enHa noJyueH npenapaT, B KOTOpOM 1oJsi 6ejka ¢ MoJIeKyJsip-
Hoit Maccoit 170 k]Il yBeJnuyuBaJjiach 1O CpaBHEHHIO C HCXOILHBIM
mateprasomM B 25—30 pa3. Kak 6HJIO yCcTaHOBJIEHO paHee, 3TOT
KOMIIOHEHT cnocobeH CBA3HIBaTh KOQEHH H MNposiBaser cebs Kak
KaJIbiuicBA3KBaOWui 6esoK, MOSTOMY IpeAnoJaraloT, YTO HMeH-
HO OH fBJSIETCS] pPeleNnTOPOM KodenHa B KaHaje BuGpoca Ca?t mem-
OpaH CapKOIJa3MaTHYeCKOTO PETHKYJyMa CKeJeTHHIX MBbILILL,

Jpyro#t noaxon K H3yyeHHIO MOJIEKYJsIpHOH OpraHH3alHH KaHa-
Ja BoiOpoca Ca?t 3akJsoyaercs B HAEHTH()HKALHH KOMIOHEHTOB
MeMmOpaH, pochopunupyeMbix noj neficTBHEM pasHYHBIX NPOTEUH-
Kuuna3. F3BecTHO, YTO HOHHBIE KaHaJbl, B TOM YHcJIe MNOTEHI(HAJI-
3aBHCHMBle, a TaKXe Ca-3aBHcHMHe K-KaHa/bl, aKTHBHPYIOTCA HJIH
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HHrubupylorcss B pesyiabtate (HochopHIHPOBAHUS HX CYOBEAHHHIL
NpOoTeHHKHHa3aMH. MOXHO NpeAnoJioXHTb, 4T0 (dochopuianpona-
HHe GeakoB npexacrabisieT cobofi o0wuii MexaHH3M peryJsalHH
aKTHBHOCTH KaHana. TakuM OeJIKOM-peryJasiTopoM KaHaJjia Bh6poca
Ca?t u3 capkonsiasaMaTHYECKOro peTHKyJyMa MoXeTr ObiTh 6eloK
¢ MoJsiekynspHoit Maccofi 60 kI (B. S. Tuana, D. H. MacLennan,
1984). B npucyrctBHH KaJjbMoAyJHHa ¢doc¢opHIHpOBaHHE 3TOrO -
Genka yckopsiercs, a BhOpoc Ca?*, unayuuposanunii Ca2?+ u pe-
THCTPHPYEMHII NO H3MeHeHHAM ¢JyopecueHUHH XJIOpTEeTpPallHKJIH-
Ha, TOpPMO3HTCA. 3aTeM MNPOHCXOAHT CaMONpOH3BoJibHoe aedocdo-
punupoBaHue 6esnka (D. H. Kim, N. Ikemoto, 1985).

B npouecce Bribpoca Ca?t H3 capKONja3MaTHYECKOTO PETHKY-
JiyMa NPOHCXOAHT TaK¥Ke H3MeHeHHe KoHdopMmauuu Genka c MoJe-
KynspHo#t Maccofi 32 xII. BaxHno, yro cojxepXaHHe 3TOro noJH-
nentuaa H ¢ochopuanpyeMmoro 6ejika BO PpakUHH TEPMHHAJbHBIX
LIHCTEPH NpaKTHYeCKH OJAHHaKOBO (MeHee 1%), mostoMy o6a GeJ-
Ka MOTYT BXOAMTb B COCTaB OJHOr'0 H TOTO e KaHaJjia.

Kakum 06pa3oM OCYLIeCTBJASeTCA pe2yAfyus Kanaia Kaavyue-
8020 eblbpoca? YpennyeHHe KOHLEHTPALHH ILHTOMJIa3MaTHYECKOro
Ca?+ B pesysbTaTe BhIX0OJJa KaTHOHa H3 CapKoONJa3MaTHYeCKOro
PeTHKYJyMa aKTHBHPYyeT KaJIbMOAYJHH3aBHCHMYIO NpPOTEHHKHHa3y,
YTO NpHBOAHT K ¢ocopunupoBanuio 60 kI -6enka u nepexony
KaHana BuiGpoca B pedppakrepHoe cocrosiHue (D. H. Kim, N. Ike-
moto, 1985). Ilpu nocaenymowmedi akkymynauun Ca?t peTHKyJyMOM
H yMeHbIUEHHH KOHUeHTpalHH cBo6oaHoro Ca?+ B puronsasMme
perynsitopHHii 6eniok aedochopuiupyercs, Tak Kak B 3THX YCJO-
BESIX akTHBHOCTb ¢ocdaTa3nl npepblliaeT aKTHBHOCTb NPOTEHHKH-
Ha3bl. B pesyastare KaHaJjbl Bb6poca BHOBb CTaHOBSITCS cnoco6-
HbIMH pearHpoBaTh Ha oYepeJHO# CHrHaJ.

Takoii MexaHH3M peryJslHH (YHKUHH KaHajla NpeacTaBjfercs
BNOJIHE JIOTHYHLIM, OAHAKO cJieyeT HMETb B BHAY, YTO peaKIHH
docpepuarpoBanud u AedpochopHAHPOBAHHS OCYLLECTBJASIOTCA MAO-
BCJABHO MejnJjieHHO (3a BpeMeHa no 10 c). [lostoMy naumubifi Mexa-
HH3M He MOXeT OLITb BOBJIeYeH B GhICTPOE OTKPHIBaHHE H 3aKphi-
BaHHe KaHaJoB, a, CKopee, yvYacTByeT B JOJIrOBpeMeHHO#i HX pe-
TYJSILHH.

Kanan Buibpoca Ca?t crumyaupyercs KanabLueM H aJleHHHHY-
KNeOTHAAMH M uHeubupyercs MarHiHeM M DYTEHHEBHIM KpPaCHBIM,
IIpousBeneHo BcTpanBaHHe COJMIOOHJIH3HPOBAHHHIX KaHaJbHbIX GeJi-
KoBs B IJIOockHe pocdonunuanbie MmeM6pannl (Y. S. Smith et al,,
1986), 4TO MO3BOJIHJIIO HCCJEAOBaTh MeXaHH3M (YHKLUHOHHPOBaHHS
KaHaJsa. I 310r0 6bIJ1 HCMOJIb30BAH NpenapaT THKeJNbIX MeMOpaH
CapKONJa3MaTHYeCKOro pEeTHKyJAyMa CKeJIeTHhIX MbilIl, o6ora-
IIeHHbIA TePMHHAJIbHBIMH LHCTEpHaMH, T. €. Ta YacCTb CETH pPeTH-
KyJyMma, KOoTopas cnelHasH3HpoBaha ans Bulbpoca Ca?t B capko-
nna3my. IlperMyinecTBo 3TOro mMogxofa nepea APYrHMH COCTOHT
B TOM, YTO H3MepeHHe 3JIEKTPHYECKOro TOKa, NPOTEKAaIollero yepes
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MOAH(DHUHPOBAHHLIN JIMNHAHKIA OHCJIOH, MO3BOJIAET 3aperHcTpPHpPO-
BaTh CKaykKH TOKa, M CJeJ0BaTesJbHO, MOMEHTH OTKDHIBaHHA H 3a-
KpblBaHHf OAMHOYHHIX KaHaJIOB, a TakKXe OLIEHHTb NO BeJHYHHE
TOKa KOJIMYeCTBO KaHaJloB, HaXOAALUHXCH B OTKPHITOM COCTOSTHHH.

CoennHeHust, MoanGHUHpYIOLIHEe KaHaJl, KOTOPHH JIOKaJH30BaH
B HHTaKTHBIX TNy3blpbKaXx CapKOMJasMaTH4YeCKOro peTHKYJyMa,
oKasajuch 3¢p@deKTHBHHIMH H B PeKOHCTPYHPOBAHHOH CcHCTeMe.
Kanbuuii, 106aBneHHHH B KOHUEHTpalUHy oT 2 go 950 MkMoab/n ¢
OZIHOfi CTOPOHE MeMOGpaHBl, YBeJHYHBaeT BEPOATHOCTb OTKPBITHSA
KaHaJoB, HO He BJIHsleT Ha Bpe€Msl HX CYLUECTBOBAHHA B OTKPHITOM
cocrosiHud. AT® TakXKe yBeJHUHBaeT BePOATHOCTb HaXOXJ€HHs
KaHajla B OTKPHTOM COCTOSIHHH, HO IIPH 3TOM MpOJJieBaeT BpeMs
ero xu3HH. HanGonee BepositHo, utro AT® oOkasbiBaeT aKTHBHpPYIO-
nlee JeHCTBHE, B3aHMOJEHCTBYSI C 3aKPHITHIM KaHaJlOM B Y4acTKe,
ornnyHoM or Ca-aKtuBHpyeMoro LeHTpa. BaXHo, uto aas noJjiHo#
aKTHBalHH KaHaJioB TpeOyeTcss NPHCYTCTBHe OOOHX 3THX areHTOB.
B pesynbraTte coBMmecTHoro nefictBusa Ca?+ u AT® kKaHan Moxer
HaXOAMTbCA B OTKPHLITOM COCTOSHHH JAJuTeJbHOe BpeMs. Ilpenmno-
JIaraljoT, 4YTo KaHaJly CBOHCTBEHHBI MO KparHell Mepe MO LIeCTh
3aKPLITHIX H OTKPBITHIX COCTOSIHHH, AKTHBHPYEMBIX JIHraHAaMH.

TakuM 06pa3oM, K HacTOSIIUEMY BpeMeHH PacKpHTHl HJIH OJIH3-
KH K BLISICHEHHIO KAlO4eBble MOMEHTbLL 8 MEXQHU3Me 3aeKTpomexa-
Huueckoeo conpsaxcenun mouuy. Ynaneswe Ca?t 3 MHONIa3MhH
aKTHBHPOBaHHOH MblILkl O6GecneynBaercs ATP-zaBucuMO# cHcre-
MOH capKoNJia3MaTHYeCcKOro peTHkyJyMa (ObicTphle CcKeJleTHbIe
MBIILILK), a TaKke, AonosHutenbHo, Ca-AT®asoit 1 Na/Ca-nepe-
HOCYHKOM capKoJIleMMhl (MeJJieHHBle CKeJleTHLle MBILIIB, rJafkHe
MBILIIB, cepieyHass MuIna). Bwi6poc Ca?t u3 capkonnasmarh-
YeCKOro PETHKYJyMa B OTBeT Ha JeNoJIApH3aLHI0O TNOBepXHOCTHOM
MeM6paHbl o6ecrneuynBaeTcsi OTKPBITHEM CeJIEKTHBHOIO KaJlbLHEBOro
KaHaja. Jtor BhH6Gpoc 3anyckaerca Ca?t, BXOgfIUHM B MHOLHT
yepes CapKoJieMMaJsibHbIi MeAJIeHHBIHl KaJbLHEBbIH KaHaJ HJH
Na/Ca-o6MeHHHK, H (HJIH) 3a cueT aKTHBauUHH (OCHOHHO3HUTHHO-
ro obmexa.

Jrta cTpoiiHas NocJieoBaTeJbHOCTh COOBITHI BpeMsi OT BpeMe-
HH, OJHaKO, NOJABEPraeTCsi pEeBH3HH B JuTepatype. B uacTHOCTH,
HEKOTOphle HCCJENOBaTellH yTBEPXKJAalOT, YTO B peryJsilluH COKpa-
LIeHHs NPHHHMAIOT CYylleCTBeHHO OoJjiblllee yyacTHe, YyeM NpeAno-
Jarajlu = paHee, pacreopumsie Kaaibyuticessviearoujie 6Gesku, Ha-
NpHMep napBajbOyMHHB, KOHUEHTPaUHsi KOTOPHX OCOGEHHO BHICO-
Ka B ObICTpHX Muumax (cM. ra. 3). JelicTBuTenabHo, T4 Npolec-
ca cBasnBaHHa Ca?t mapBasb6yMHHOM M3 MBIUIIKL KpaGa cocrab-
Jaset npumepHo 14 mc (W. Wnuk et al.,, 1982). Takum obpasoMm,
He HCKJIIOYEHO, YTO NapBajbOyMHH MOXeT YyBeJHYHBaThb CKOPOCTb
paccnabnenus, obecneunBasi ObicTpoe cBs3mBaHhe Ca2?+, Cps3saH-
HBfi napBaib6ymHHOM Ca?t 3aTeM MoOXeT OLIThb NOJIHOCTHIO yAa-
JIeH cHcTeMOH MeMOpaH capKoIlJla3MaTHYeCKOro peTHKyJyMa.
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B 3Toil CBsI3H TNpejACTaBJisieT HHTEepec TOT (akKT, YTO MHIILA
NpOJOJILHOrO T€Jjla aM(HOKca ocylecTB/seT ObLICTpble COKpallleHHus
XoTss B Heil BooOlle OTCYTCTBYeT Kak T-cHCTeMa, TaK M CcapKolljas-
MaTtuueckuii petukyaym (L. D. Peachey, 1961). Bnonune BeposiTHO,
YTO B JAHHOM OOBbeKTe 3JIeKTpPOMeXaHHUEeCKOe CONpsiKeHHe peaJiH-
3yercs yepe3 napsajabO6yMud. B Mbimnax OoJbLIHHCTBA IPYrHX
JKHBOTHBIX, OJHAKO, OCHOBHO€ BHYTPHKJIETOYHOE KaJjibliHeBoe Jelo
JIOKaJIH30BaHO B TpyOouKaX H LHCTepHAX CapKoOMia3MaTHYECKOro
petukynyma. IlapBajbb6yMHH, ypoBeHb KOTOPOro KOppenHpyeT Kak
CO CKOPOCTBbIO pacciiabjieHHsi MBIUILBL, TAK H C COJepkKaHHEM cap-
KONJIa3MaTHYECKOr0 PEeTHKYJYMa, BLINOJIHSET, NO-BHAHMOMY, JIHUIb
BCIOMorareJibHylo (yHKUHIO, o0ecneunBasi BpeMEeHHOe CBfi3bIBaHHE
BxozasLlero B kiaeTky Ca?+,



Kaabnuesas
peryJasnun

(G YHKIHOHAJILHOM
AKTHBHOCTH KJIETOK

Ewe 10—15 ser Hasajxg HMeJO CMBEICJ COCTaBJIAITH CIIHCOK KJe-
TOK, OCHOBHble (YHKUHH KOTOPBIX PeryJjHpyloTCcsi H3MeHEeHHSIMH
KOHIleHTpauuH LHTOMJa3MaTH4yeckoro KaJjabuus, K HacrosiueMy
BpeMeHH 3TOT NepeyeHb CTOJb BEJHK, YTO HYXKHO OrpPaHHYHTHCH
CJHelyIOIHM 3aKJIOYeHHeM: JJs  Iojasidiollero O60JbUIHHCTBA
KJIeTOK XapaKTepHH NepHOJAHYeCKHe H3MeHeHHs YPOBHs CBOOOIHO-
ro Ca?+ B wnwronnasme ot 1077 mo 10~ M, npuueM oHH, KakK
NpaBHJIO, COMPOBOXKJAIOT NPOABJIEHHA HJIH PETYJNHPYIOT rJiaBHhIE
¢yHkuuH kJjetkd. ITono6GHBI BHIBOA AeNalOT BCAKHH pa3 yueHhle,
HCCJIEAYIOIHE CTPYKTYpHble H (YHKLUHOHAJbHBIE CBOMCTBa H30JIH-
POBaHHBIX KJIETEK C IIOMOLIbIO KaJlbLlHeBBIX HOHO(JOPOB, KOMIJIEK-
COHOB H HHAMKATOPOB.

YHHBepcaJbHH, N0 Bcell BHAHMOCTH, H OCHOBHHe CNOCOGHI yja-
JeHus Ca?+ u3 uutonsia3Mel, Korga obecneyHBaeTcs BLIXOJ, KJIETKH
H3 aKTHBHPOBAHHOro coctosiHusl. dto ATP-3asucumbie Karvyuesoie
Hacocel, NOKaJIH30BaHHblE B 3HAOIJA3MaTHYECKOM pEeTHKYJyMe H
nnasMaTtuyeckoii Mem6paHe, H cucreMa Na/Ca-obmena uepes
njiasMajieMMy.

7.1. Koaryasinus kpoBu u TpomMGorenes

Peryasitoprasi pojib  HOHOB KaJbIIHSI HEe OTpaHHYHBAETCs €ro
BO3JIeICTBHEM Ha OTJeJIbHble KJIETKH; CyIIeCTByeT MHOro NMpHMepoB
KaJIbLIHEBOH PeryJIALHH CJOXKHBIX MeTaboNHYeCKHX CHCTEM Opra-
HH3Ma, B YaCTHOCTH CHCTeM, obecneyHBaIOLIHX KOAryJsilHi) KPOBH
H o6pa3zoBaHHe TpOMGOB. DTH NpolLecchl, BhI3LIBAIOLHE HE TOJBKO
ONaCHYIO /i OpraHH3Ma 3aKynopKy KpPOBEHOCHBIX cOCyAOB (OCHOB-
Hasfd NpHYHHa HH(papkra MHOKapaa), Ho H obecneyHBalollHe 3a-
JKHEJICHHE paH, NPOTEKAlOT B MEPBYD Ouepelb 3a CYET aKTHBALHH
TpoMGOLUHTOB. TPOMOOUHTEI YAHBHTENbHHIM 06pa3oM HANOMHHAIOT
No CTPYKTYype KJeTKH MbIlIl. B 4acTHOCTH, B HHX COAEPMKHTCH CO-
KpaTHTEJIbHBIH annapat, MeMOpaHul, nonoGHLe capKonyia3MaTHye-
CKOMY peTHKyJAyMy H T-Tpy6GoukaM.
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CrycTok KpoBH obpa3yeTcsi Ha BHYTPE€HHeH NOBEPXHOCTH H3Me-
HeHHoro cocyzna. B 3ToMm mpouecce y4acTBYIOT pasfiHyHbie ()aKTOpHI
CBEpThIBAHHAI KPOBH, B TOM uHcje BHTaMHH K-3aBHcHMble GeJsiKH
(sutamun K oGecneynBaerT cHHTe3 B NeYeHH Yy-KapOOKCHriyraMu-
HOBOH KHCJIOTHl, NPHCYTCTByIOILe#i B KaXAOM H3 3THX 6eJKoB),
B yacTHocTH nporpoMbuH. B pesysabraTe Kackaja npoTEOJHTHYE-
CKOH aKTHBaLMH ()aKTOPOB CBepTbIBAHHA Ha KOHEYHOH CTaAHH H3
nporpoM6una obpasyercss TpombuH, KOTOpHIi obecneyHBaer MNOJIH-
MepH3aUHI0 pacTBopHMoro ¢uOpHHOreHa B Hepacréopumbiil ¢pub-
pur. OubpuHOBas ceTb H 3aXBaTHIBAET 3JIEMEHTHI KPOBH.

O6pa3oBaHHIO CTyCTKa KPOBHM NPENIIECTBYIOT AKTUBAYUS TPOM-
b6oyuros U uXx azpezayusf, a TakKe NPHKpeNJieHHe (aKTOPOB CBep-
THIBaHHA K OGHaXeHHOI NOBepXHOCTH cocynaa— adeesus. llpu
B3auMoJeficTBHH TPOMOOLHUTOB C TAKHMH (PH3HOJIOTHYECKHMH areH-
TaMH, KaK TPOMOHH, aJpeHalnH, TpoMOoKcaH A., Ba3onpeccHH,
A1®, BHYTpPH KJIETOK NPOHCXOAHT OLICTpOe yBeJHueHHe KOHLEHT-
pauHH cBOOOAHOro KaJjblHf, a TaK¥Xe H3MeHseTcsd (QYHKLHOHAJb-
HOe COCTOsIHHe TPOMOOUMTOB: MeHseTcs ¢OpMa KJIETOK, CTHMYJHDY-
eTcs CeKpeLHs BelleCTB H3 BHYTPHKJIETOUHBIX FpaHyJl H arperanus.

JleTanbHulli MeXxaHH3M TpoMO006Gpa30BaHHSl MOJIHOCTBIO ellle He
ycraHoBsieH. Iloka3aHo, oOAHaKo, YTO pas3JjiHyHble aroHHCTH, T. €.
BeleCTBa-aKTHBAaTOPbl TPOMOGOLHTOB, B3aHMOJEHCTBYIOT Ha MeM-
6paHe 3THX KJETOK co cneuupHyeckuMu penentopamu. Hanpumep,
TPOMOHH — nocJielHAs NpOoTeHHa3a B KacKaJAHOM Npouecce Koary-
JISIIHH KPOBH, AEeHCTBYeT yXe IpH 4Ype3BbluadHO HH3KHX KOHIUEHT-
pauusasx—ot 1 no 5 MxMosnb/a. OH paculensisier Ha KJETOYHOM
MeMOpaHe eJIHHCTBEHHLIH [OBEpXHOCTHHIH rJIHKONpoTeHH. XOTH
Jipyrue riHKONpOTEHHbl HHrHOHPYIOT aKTHBHOCTb TpoMOHHA, HEKo-
TOpble H3 HHX TeM He MeHee HeoOXOAMMHEI A ¢yHKUHH TpoMbGo-
IIHTOB, B YaCTHOCTH A/l (GOpMHpOBaHHA (HOpHHOreHCBA3LIBAIO-
IMX yyacTKOB. B mnocnexnHue roabl yCTaHOBJIEHO, YTO AaKTHBAaLHs
TpOoMOOUMTOB cBsi3aHa ¢ (OCPOpHJIHPOBAHHEM ABYX BHYTPHKJe-
TOYHBIX O6€JIKOB NO JABYM pa3jIHYHbIM MEXaHH3MaM: JIerKoH UenH
MHO3HHa ¢ MoJiekyasipHo#t Maccoit 20 k[l (Ca-kKaJbMOAYJ/IHH3aBH-
cuMoe ¢ochopuaupoBaHHe) u Oeslka ¢ MOJIeKyJfApHON Maccoit
okono 40 k]Il (Ca-¢pocharuaunncepuHsaBucuMoe dochopHIHpOBa-
HHe).

TakuM obpasoM, B 06ouX caydyasX aKTHBaUHsl HOJIXKHa obecle-
UHBATBHCS MOBBILIEHHEM YPOBHA BHYTpHKJerouHoro Ca2?*t, EcTb Bce
OCHOBaHHSl CYHTATh, YTO B AKTHBHPOBAHHHIX TpOMOOLMTax NPOHC-
XOAHT OJHOBpEMEeHHas MOOH/JH3auHA HECKOJbKHX BTOPHYHBIX Mec-
cenkepos — Ca?t u mpoaykroB paciiensieHHst pocaTHAHIHHO3H-
TOB: 1,2-guauuiriunepHHa W HHO3UTTpHchoOchara. B peryasuuu
¢yHkuuii TpOMGOLUHTOB yyacTBYyeT ellle ONMH BTOPHYHBIH MeCcCeHJ-
Kep — YyAMP. ITOT UMKIHYECKHH HYKJIEOTHHA, HaNpOTHB, MHIHOH-
pyer O6onblIHHCTBO ¢(yHKUHA TpoMGOUHTOB. AHTHTpOMGOreHHast
aKTHBHOCTB npoctarsiavfivia PQGly (npocrayuxasuna), nanpumep,
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CBsiI3aHa HMEHHO C TeM, YTO OH CTHMYJHpyeT aJeHHJaTIHKJas3y;
UAM®, ob6pa3yrouuiica B KJETKe NOJ BO3AeHCTBHEM NpPOCTALHK-
JIHHa, NMpensTCTBYeT MOBHIILEHKHIO yPOBHA APYrHX BTOPHYHHIX Mec-
CEH/IXKEpOB.

Kak u npu paccMoTpeHHH (YHKUHH APYrHX KJIETOK, €CTECTBEH-
HO BO3HHKaerT Bomnpoc o6 ucroundke Ca?t B aKTHBHPOBaHHHIX
Tpombountax. Kpome Toro, Tak Kak KOHUeHTpalHs CcBOOOAHOro
Kajbllisi BHYTPH TPOMGOLHTOB cocTamjsier okosio 100 HMoJE/d,
yro B 10 000 pa3 Hu>ke ypOBHSI 3TOro KaTHOHa B KDOBH, TO JOJIXK-
HEl CYL1eCTBOBaThb CHCTeMbl ero 3(p¢eKTHBHOro yjaJleHHs H3 LHTO-
nnasMbl. OtBer Ha mepBHIi Bonpoc OblJI NOJyyeH B pe3yJibTaTe
NpoCTOro ONbiTa, B KOTOPOM OKa3ajioCh BO3MOXHBIM OCYLIECTBHTb
aKTHBauUHI0 TpoMGouutoB TpoMGHHOM B cpezne ¢ II'TA. CrnenoBa-
TeJbHO, MO KpaHHell Mepe 4YacTb HOHOB KaJibLHf NOCTyNaeT H3
BHYTPHKJIETOYHBIX pe3epByapoB.

CyluecTBYIOT AaHHBle O TOM, uTO Npouecc nocrynjexHus Ca2t B
IIHTOMJIa3My MoOXeT ObIThb CBf3aH C NpoTeKaHHeM cBoboxHopanM-
KaJbHBIX peakuuit. B wacTtHocTH, ycraHOBJ€HO, yto B obpaCotaH-
HHIX acnHpHHOM TpoMbGonuTax (acnupuH OJIOKHpPyeT pEakLHH CHH-
Te3a NPOCTarJaHAHHOB H3 apaxHJOHOBOH KHCJOTHI) aKTHBALHS H
yBeJinyeHHe KoHueHTpauuu Ca?t nopx nefictBHeM pasHbix aKTOpPOB
3HayHTeJbHO TOPMO3ATCH NPH BHECEHHH B Cpely aHTHOKCHAAHTOB
(A. Alexandre et al., 1986).

Bce nONBITKH NPOAEMOHCTPHPOBATh CYLUIECTBOBAaHHE CHCTEMBI
Na/Ca-o6mMena uan Ca-AT®a3nl B noBepXHOCTHOH MeMOpaHe
TPpOMOOLIUTOB I0OKa He YBeHYaJIHCh YCNEXOM, H He SICHO, C MOMOLUBIO
Kakux MexaHuamoB Ca2t, nepHOAHYECKH NOCTYNaKOWHII B 3TH
KJIeTKH, BEIBOJHTCA B KPOBOTOK. B TO Xe BpeMsi BhlAeJileHH H JO-
CTAaTOYHO XOpOIIO OXapaKTepH3OBaHH MeMOpaHH H3 IJIOTHOM
TyOyJISpHOH CeTH KJIeTOK, No cBoHcTBaM O6JiH3KHE capKONJa3MaTH-
YeCKOMY peTHKyJyMy. B uyacTHocTH, 3TH MeMOpaKHble Be3HKYJIH,
KaK H capKomJiasMaTH4YeCKHH peTHKYJyM, norJjowalor Ca?t B npH-
CYTCTBHH OKcaJjiaTa 3a cueT 3Heprud rujposinda AT® u cnocobGHb
B onpejelieHHHX yCJOBHSIX K BoIGpocy HakonsieHHoro Ca?t. B ux
cocTaB BXOAHT GeJioK, GJH3KHI no MoJjekyaspHoii Macce Ca-AT®-
ase capKoIJIa3MaTHYECKOro peTHKyJyMa H cnocobHulii ¢ocdopuiin-
poBatbcst nox aefictBueM AT®. Hakonen, antutrena kK AT®asze
CapKOIJa3MaTHYECKOTO pEeTHKYJiyMa IepeKpecTHO pearHpymoT C
NaHHeIM GeJKOoM TpOMOGOUHMTOB M HHrHOHMpyloT norJouieHHe Ca?t
HX MHKpOCOMaMH.

HecMoTtpst Ha HekoTOpoe cXOACTBO, cHcTeMa TpaHcmopra Ca?t
TPOMOGOLUTOB NO CTPYKType, BEpPOATHO, He HJAeHTHuyHa Ca-TpaHc-
NOPTHOH CHCTEMe CapKOMNJia3MaTHYeCKoro peTHkyjayma. Bo-uepshix,
Konuentpauus Ca-tpaHcnopTupylollero ¢epMeHTa B MHKPOCOMax
TPOMOOLMTOB HEBeJiHKa H, BO-BTOPHIX, aKTHBHOCTb MHKPOCOM H3
TpoMOOLIHTOB B HEeCATKH pa3 YycTynaeT TaKOBOii B mpenaparax
perukyayma. Kak BHAHO H3 puc. 33, mpoluecchl, obecneunBalolize
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Mobuausauuio Ca®*t B MbuIax u  TpoMOGouHTax, COBEPLIEHHO
pPasNHYHHL.

[naBHOH  OT/NIHYHTENLHOH YepTOH CHCTeMbl BHYTPHKJIETOYHOH
mo6unusauuu Ca?t B TpofGouurax sBJS€TCA TO, YTO CHTHAJ OT
rOPMOHOB H ME€JHaTOPOB YcKOpsieT B KPOBSIHBIX NJIacTHHKax Me-
Ta60/u3M (HOCHOHHO3UTHAOB, JIOKAJH30BAHHHIX Ha NOBEPXHOCTHOM
MeM6paHne. O6paaylouuecs 10j BO3JAEHCTBHEM aroOHHCTa JHALHJI-
IVIHLIEPHH M HHO3MTTpHcochar 3amyckaloT coorBeTcTBeHHO Ca-
He3aBHcHMBle B Ca-3aBHCHMbIE MeXaHH3Mbl, KOTOpble CHHEPrH4YHO
o6ecreyHBalOT BhIZIEJIEHHE U3 BHYTPHKJIETOUYHBIX TpaHyJ CEKPETOB,

Agonucm
YuKknoKCUBEHO 3T
NOKCU 2EHO3T
H Tudponu3
Acnupus gocgounosumudol —_— [uayunenugepult
Muosummpucpocpam

n Adexunom- M.
Apaxudonobast PGl Tl yuknasa uf Anmuokcudanm
nucnoma i’»anga,([U H —-—@'__-‘,' Hm

*
Modunusayua Ca’
u3 GuympurnemounsiX

pesepbyopol
Puc. 33. Peryasiuus MoGHJIH3aUHH KaJblUHS B TPOMGOLHTAX

BHI3LIBAIOIIHX aKTHBauuio TpoMbGouutoB (pHc. 33). Buaumo, BHGpoC
Ca?t u3 njotHo#t TyGynsipHOii cetH TpomGouura 0GycJ/IOBJEH OT-
KpbiTUeM UHOBUTTPUCHOCHATUYBCTBUTEABHO20 KANLYUEB020 KAHAAA
H peryaupyerc YyAMP-3asucumobin pocghopuruposaruem urre-
epasvnozo membpannozo 6eaka (23 kIl) stoil cucteMbl. Beuay
TOro, 4ro (ocHopuHpoBaHHe 3TOro 6eNIKa CTHMYJHPYETCS] HHO3HT-
TpHchochaToM, npeanosaralOT, YTO JHAHHBIA  0OeJIOK ABJISETCS
wacrero cneyuguueckoeo peyenropa (Y. Enouf et al., 1987).

CyiiecTByloT JaHHBle, YTO HEKOTOpHIe areHThl, yBeJHYHBAIOIUE
KoHuenTpauuio Ca?t B TpomMbouurax (HanpuMep, KaJibLHEBHIH
HoHoop A23187 ¥ jpuauuirJuuepuH), aKTHBHPYIOT 3TH KJIeTKH
ropasno 3¢dexTHBHee, eciu  JobaBjleHbl BMecTe, a He NOpPO3Hb.
910 06YyCJOBJEHO TEM, YTO AHALHJIJHUEPHH YBEJIHYHBAET YyBCT-
BHUTEJIBHOCTD CHCTEMBl BHYTPHKJIETOYHEIX CeKPETOPHHIX TIpaHyJs K
HOHaM KaJbLUHs. DB onpepnesleHHHIX yCJOBHAX aKTHBaUus TpoMbo-
LHTOB MoO3eT ObiTb obparuMoi. Ilpu 3TOM cHHXKaeTcsi He TOJIBKO
ypoBeb co6ogHoro Ca?t B uuTONn/Nasme (oYyeBHAHO, 3a cyeT pa-
GoTH KaJibIlHEBOrO Hacoca MNJOTHOH TyGyJNsIpHOW cHCTEMH), HO H
KOHLEHTPaLHs JHAIHJTJIHIEPHHA.
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MexaHu3aMm arperauud TpoMOGOLHMTOB elle JajieK OT CBOEro pace
KPHITHA, OAHAKO poJib OeJIKOBHX ()aKTOPOB KOaryJsilHH KPOBH
HCCJIEJOBAHA JOCTAaTOYHO MOJIHO. [l Toro, yroObl NpOH3OLIeJN
npouecc KoaryJsilHu, Heo6XOHHMO B3aHMojeficTBHe 3THX (akro-
poB ¢ ochONHNHAHRIMA yyacTKaMH nopaxeHHoro cocyra. Ilocnen-
Hee, B CBOIO ouepenb, obecrneynBaetcsi HOHaMM KaJbuHsA. Kak yxe
OnuI0 yKa3aHo, (pakTOphl CBepThHIBAHHA KDOBH CcOJepIKaT B CBOeM
cocTaBe Y-KapOGOKCHIVIyTaMHHOBYIO KHCJIOTY, yYacTBYWOILLYIO B CBS-
seiBanun Ca?+, [Ipu B3auMogefictBuu 3THX ¢daktopoB ¢ Ca?+ mpo-
HCXOJHT H3MeHeHHe HX KoHpopMauuH. KpoMe Toro, HOHBI KajbLHs
CJyXaT Kak OBl siKopeM, NpHKpensAiolHM OeJIoK K (ochoaununy.
ITockonbKy HauGoabliuMm cpoactBoM K Ca2?+ obnajnaloT KHcble
dbochonunuabl, noJsaralT, YTO 3TO B3aMoAeHCTBHE OCYLIeCTBJISETCS
3a cuet ghocgharuduncepuna.

Takum o6pasom, Ca?+ uepaer Kawuesyro poav e npoyeccax
Koaz2yissayuu Kposu, JeHcTBYS Ha BHYTPH- H BHeKJIeTOYHOM YpOB-
HAX: NpH IMOBHLUIEHHH €ro KOHUEHTPalHH BHYTPH TPOMOGOLHTA H
IpH CBA3bIBaHHH (PAKTOPOB CBePTHIBAHHS KPOBH C COCYAOM.

7.2. DK30UHUTO3, CEKPELUsi H JBUKEHHE
KJEeTOK

HoHul Kasbliua NPHHUMAIOT HenocpedCTeexHOe YuacTue 8 (pyH-
KYUOKUPOBUHULL CEKPETOPHbIX KAETOK, CHHTE3HPYIOLIHX CHelH(pH-
YecKHH AJI8 NaHHOH 3KeJjie3nl cekpeT. UYacTHuHo 3Ta mnpobJseMma
paccMoTpena npHMeHHTeJbHO K TpoMOouuraMm (cM. paszg. 7.1).

Konuentpauus cBo60JHOTO KaJibliusi B CEKPETOPHOIl KJIeTKE MO-
JKeT YBeJIHYHBATbCA B pe3yJibTaTe OTKPLIBAHHS IOTEHLHAJI3aBHCH-
Mbix Ca-kaHalloB B NJja3MajieMMe HJIH BhICBOGOXKIEHHSI KaTHOHa
H3 ero BHYTPHKJIETOUHLIX pe3epByapOB, HalnpHMep H3 3HAOMNJIa3-
MaTHYeCKOro PeTHKYJyMa Y MHTOXOHADHH, nejx aeficTBHEM CIELH-
¢Huyecknx HeilpoMeanaTopoB. Tak, BhlesieHHe KHCJIOTHl NPHCTEHOY-
HbIMH KJICTKAMH CJIM3HCTOH XeJlyAKa CTHMYJIHPYETCSI racTPHHOM,
Kap6aMHJIXOJHHOM H THCTaMHHOM. JTO CONPOBOXKAAETCS YBEJHYe-
HHeM KOHLEeHTpauHH cBobosHoro Ca?t B KJleTKax, YTO pPEerucTpHpy-
I0OT Mo H3MeHeHHI0 ¢JiyopecueHUHH KBHHa-2. UYTo6GH onpenesuTh
ucroyHuk Ca*, B cpeny BBOASIT OaAueOMuyuH” (MHTHGHTOP MHTO-
xouapHaipHol AT®a3sbl H, ciieoBaTeNIbHO, 3HEPro3aBHCHMBIX NpO-
1leCCOB aKKyMYJISIIHH HOHOB MHTOXOHIAPHSIMH), a BMECTO areHTa,
BRI3BIBAIOLETO CeKpeLHlo, Jo0aBJflOT KaJjblHeBHi HOHOdOP.
B 3THX yc/lOBHSiIX TaKXe NPOHCXOAHT CeKDeLHs KHCJIOTHL. Ilpu
5TOM NepBHI OTBET KJeToK Ha n06aBJieHHe racTpnHa MJAH aHTH-
6rotuka A23187 He 3aBHcuT OT BHewHero Ca2t, a nocneayouuii —
onpenensierca ypoBHeM Ca?+ cHapyXH KJeETOK.

TakuM 06pa3oM, CyllecTBYIOT JBa MeXaHH3Ma CEKpelLHH KHCJIO-
TH, TpeOylollHe MOOHJH3aLHH BHYTpHKJIeTouHOoro Ca?t (oyeBugko,
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H3 CTPYKTYphl, Nofo6HOH 3HAONJIa3MaTHYECKOMY DETHKYJIYMY) HJH
BHekJletouHoro Ca?+, [IlonoGHble MeXaHH3Mbl peasiH3yIOTCH H B
npouecce BHICBOOOXKIEHHA HHCYJMHa H3 P-KJIE€TOK M aMujasp (mof
JeHCTBHEM aLETHJIXOJIHHA) H3 alUHHAPHBIX KJETOK MOMAKeJYAOYHOH
XeJie3Hl.

BricBo6GoXxKjjeHHe CeKpeTa H3 KJETOK MOXET OCYLIECTBJIATbCS B
pe3ysbTare CJAHAHHA MeMOpaHH BHYTPHKJIETOUHBIX CEKpeTOPHHIX
ny3LIPbKOB C NJla3MaTHYecKOH MeMOpaHOH KJieTKH. Takoi npolecc,
Ha3blBaeMHIH 3K30yuro3om, obGecneyuBaer OLICTPOe M OJHOpa3oBOE
BhlJIeJIeHHe ceKpeTa Moj JAeHcTBHEM CTHMYJia, HanpHMep HelpoMe-
JIHaTOPOB, TOPMOHOB, NHILEBapHTeJIbHBIX pepMeHTOB. B nokosuen-
cfl KJIeTKe, e KoHueHTpauus cBobopHoro Ca?t cocraBisieT OKOJIO
0,1 MxM, cexperopHble Ny3bIpbKH HMMOOHJIH30BAHEI B LHTOMJIasMe.
Ilpu noBBHILIEHHH KOHUEHTpalHu BHYTpHKJeTOyHOro Ca2+ mysbipbKu
JBHXYTCSl N0 HanpapBJeHHIO K MJjiasMajieMMe, 3fecb IPOHCXOJAHT
cllHnaHue noBepxHocTell AByX MeMOpaH, 3aTeM HX cJHgHHe H o0pa-
30BaHHe TIOPHI, Yepe3 KOTOpYyIo cekperT NokKHAaeT KkJjaeTtKy. [locie
BhIIeJIeHHSI CEKPETOPHOro NpPOAYKTa OCYILECTBJISETCS OTIIHYpPOBKaA
yacTH NJjasMajieMMul (3#0oyuro3) ¢ pereHepainueii MeMOGpaHHBIX
nysupekoB (P. H. I'ne6os, 1987).

MonekynsipHHii MeXaHH3M 5K30lLHTO3a N0 KOHLA He BLISICHEH.
CylwecTByeT HeCKOJIbKO rHnote3, o6bsACHAIOWHUX posab Ca?t B HHE-
IHalH} ABHXEHUS CEKPETOPHBIX NY3BIPbKOB, HX B3aHMHOro CJHA-
HHA H B3aHMOJeNCTBHS C NOBEepXHOCTHOH MeMOpaHoil. - CoraacHo
OJHOH H3 HHX, Ny3blpbKH HMMOOHJIH30BaHHB B IHTONJIa3Me NOKOA-
ledica KJeTKH OJiaroiapsi CYylLeCTBOBAHHIO XeJleoOpasHOH CTpYK-
Typhl, cocTosilieil H3 6GeJIKOB LHTOCKeJieTa H KOHTPaKTHJBHHIX 3Jie-
MEHTOB, TaKHX, KaK MHKpPOTpYOOUYKH, (pHJIaMEeHTH aKTHHAa U MHO3H-
Ha. OO6pasoBaHHe TaKHX reJeil NOJHOCTBIO HHIHOHpYyeTCA NpH
KoHueHtpauun Ca?+ poiue 1 MkM. IlosroMy npeanoJsiaraior, uto
yBesinyeHHe KoHueHTpauHu Ca2?t B KJeTKe NpPH ee aKTHBALHH H
«pa3xuiKeHHe» reyig obJeryaioT AHG(Y3HIO CeKpPeTOPHHIX NYy3Hpb-
KOB.

HoHbl KaJblHsi NPHHATO paccMaTpHBaTh KaK yHHBepCaJbHLIH
Tpuzzep cexperoproezo 3K3oyurosa, oxHakKo cyuectByer u Ca-Hesa-
sucumasn cexpeyus. Tax, cekpelHss H3 rpaHys TPOMOOLHUTOB MpPH HX
B3aHMOJEACTBHH C KOJIJIar€HOM HJIH Noj AeficTBHEM 3K30rN€HHBIX
¢pop6osOBEIX 3(HPOB H AHALMJIIJIHLEPHHA MOXET NPOHCXOAHTb H
6e3 u3MeHeHHs KOHUeHTpauuH BHyTpHKJeTouyHoro Ca?+. Ilpu atom
CeKpelHsl CHHXKaeTcsl ¢ yMeHbuleHneM ypoBHA AT® B knetke. Bos-
MOXHO, YTO CEKPETOPHLIH OTBET B 3TOM CJiyyae ofecrneynBaeTcs 3a
CYeT CTHMYJSIUHH nporeHHKHHa3w C u mnocnexywouiero ¢ocdopusiu-
poBaHHsA cybcTtpara maHHoro ¢epmeHra (6esika C MoOJIeKYJsIpHOM
Maccoit 40 kJ1), Tak KakK peakuHs (pocHOpHIHpOBaAHHS NpealIecT-
ByeT arperamiH H CEKpelHH.

C noMolpio KaKHX MeXaHH3MOB CEKpeTOpHBEle My3bIpbKH CJIHBa-
I0TC ApYyr € JApyroM H c¢opMHpPOBaHHEIE NIPH 3TOM CeKpPeTOpHHIE
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MaKpOBaKyoJIH B3aHMOJeHCTBYIOT ¢ mnyasMaJjeMmMoii? Hccaenosa-
HHS, NpoBeJeHHble Ha XpoMad¢HHHBIX KJeTKaXx HaANOYeYHHKOB
(OCHOBHBIX Jeno ajpeHajiHHa), INOKasajH, 4YTO HX CEKpeTOpHHIe
rpaHyJsinl cnocobHbl o6pa3oBbIBaThb  BHAHMble NOJ MHKPOCKONOM
KpynHble arperathl, NpHYeM STOT NPOLECC LEJHKOM 3aBHCHT OT
Ca2%t+ y or pacTBOpHMOro KaJjbluiicBs3biBawllero 6ejiKka (MoJeky-
NspHas Macca 47 kJI), HasBaHHoro cuxexcutom (C. E. Creutz
el al., 1978). Xoras Kd xomnjekca cHHekcHH — Ca%+ noBoJIBHO
Bhicoka (200 MkM), 3TO He HCKJIIOYaeT ero poJiH B obecleueHHH
KOHTaKTa MexXJy MeMOpaHaMu B XXHBOH KJerke. [leficTBHTeJNBHO,
JaHHLIA 0eJIOK JHOJI2KeH BbI3bIBaTh INpHKpeIJIeHHe Be3HKYJIhl K IIOo-
BepXHOCTHOH MeMOpaHe, T. e. B 006JiacTH, rjie JiOKaJbHass KOHLEHT-
pauus Ca2?+, BosHHKalowasa nocje oTkpbiTua Ca-KaHaJsoB, BBICOKA.
Kpome Toro, moporoBasi KoHueHtpauus Ca?t nas obpasoBaHus
KOHTaKTa, HWHAYLUHPOBAHHOrO CHHEKCHHOM, He nmnpeBHillaer 10
MKMOJIb /1.

CuyuTaloT, 4TO MOJIEKYJIbl CHHEKCHHa CBSI3BHIBAIOTCA ¢ MeMOpaHa-
MU JBYX CE€KPeTOPHBIX NMYy3LIPbKOB M o0ecrneyHBalOT T€M CaMbIM HX
NIPOCTPaHCTBEHHOe cOJin3KeHHe. «fIKOpHOe» CBOHMCTBO CHHEKCHHA
nposiBjiseTcds He TOJbKO Ha OHoMeMOpaHax, HO H Ha dochoaunua-
HBIX NMy3bIpbKaX, COCTOSIIIHX H3 KHCJABIX (oconunuios, B yacTHo-
cTH ¢hocgharuduacepuna. llpennosaralor, 4Tto nocjenylollee CJIHs-
Hue MeMOpaH rpaHyJs obecneunBaercsi apaxu0orOB0L KUCAOTOU HIH
ee npoussoonoimu (C. E. Creutz, 1981). CpoGonHas apaXuiaoHoO-
Basi KHCJI0Ta B XpoMa(d¢HHHEIX KJeTKax H TPpoMOouHuTax OTLenJs-
ercsi OT ¢ochonununo nox nefictBueM Co3aBHCHMOH ¢ocdou-
nasbl A,. [Ipu noGaBneHHH 3TOH KHCJIOTH HJIH APYrHX IOJIHHEHa-
CHIIIEHHBIX JKHPHBIX KHCJIOT K XpoMa(dHHHBIM rpaHyJiaM, arpe-
THPOBAHHBIM B NPHCYTCTBHH CHHEKCHHA, NPOUCXOAHT HX OBICTpoOe
CJIHSTHHE.

Ha ocHoBaHHH u3MepeHHH 3jeKTpHYecKol eMKocTH ¢ocdaTH-
auicepuHoBrlX 6uchoeB (E. Rojas, H. B. Pollard, 1987) npenJio-
JKeH aJbTepHAaTHBHLIH MEXaHH3M, COrJIacHO KOTOPOMY CHHEKCHH
obecneyHBaeT He TOJBKO NpOocTpaHcTBeHHoe cOaHXXeHHe MeMOpaH,
HO H HX causHue. BHayane cuHekcHH cBsisbiBaer Ca?+, noJiuMepH-
3HpyeTcs H TNepeXOAHT B aKTHBHPOBaHHYIO ¢opMy, cnocobHyIo
CBA3LIBATHCA € KHCABIMH ¢ocoaunuiaMy Ha NOBEPXHOCTH MeMO-
6paHbl. 3aTeM CHHeKCHH B3auMozeiicTByeT c OJin3jexauleli MeMO-
paHoil M KakK Obl cuuuBaer o6e MeMOpaHH. AKTHBHPOBAHHBIA CHHEK-
CHH B JajibHeflleM BHepsieTcs B riy6b MeMGpaHH (32 cuer Go.ee
BBICOKOH JIMMO(QHJIbHOCTH  KaJIbLHAAaKTHBHPOBaHHOH ¢opMel) H
coszaer cBoeobpa3Hblii rHAPOPOOGHLII MOCTHK MeXAY GHCJIOSIMH.
1o, B CBOIO oO4Yepenb, cnocobcTByer o6MeHy (ocdoSHNUIOB ¢
BHeUIHeH H BHYTpPEHHell CTOpOH ABYX OHCJIOEB H HCUYE3HOBEHHIO
Gapbepa Mexny JAByMss MemOpaHHEIMH oTceKaMH. He muckiioueHo,
YTO TaKOH MPOCTOH MeXaHH3M, BKJIOYAIOUIUWH TOJBKO OJAHMH OeJlok
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(cMHEeKcHH), KaJabUHid H KHCJAHH ¢ocoSunui, peasH3yercsi H B
CEeKPETHPYIOLIHX KJeTKaXx.

Ilocne cnusinusi rpaHyJ NPOHCXOAHT HX HabyxaHHe ¢ o6pa3oBa-
HHeM KpYNHBIX BakyoJieil, DTOT INpouecc ABJAETCH 3IHEPro3aBHCH-
MBIM. OH obecneyuBaercs paboroit ATQ®aspl, TpaHcnopTHpYIOLUEH
NPOTOHBI BHYTPb IpaHyJl NMPOTHB rpajiHeHTa HX KOHUEeHTpauHuH. ['e-
HepHpPyeMBbIH NpPH 3TOM 3JeKTPHUYECKHH TpaHCcMeMOpaHHBIH MNOTEH-
I[HAJ CHHXAaeTCAd 3aTeM 3a CYeT NepeHoca aHHOHOB XJopa B Ipa-
HyJibl. DTO, B CBOIO OYyepezb, BHI3bIBAET yBEJHYEHHEe OCMOTHYECKOro
JaBJeHHSI BHYTPH TpaHyJ H pa3pblB MeMOpaHbl B y4acTKe KOH-
TaKT1a, 0cJabJeHHOM CHHEKCHHOM H apaxXHIOHOBOH KHCJAOTOH. TakuM
o6pa3oM yCHJHBaeTcs Npouecc AajbHEHIIEro CJHAHHS NY3bIPbKOB
(R. P. Casey et al., 1976; C. E. Creutz, H. B. Pollard, 1980).

[IpencraBienHylo Bbiule Uenb COOLITHI He cleiyeT paccMaTpH-
BaTh KaK HCYEpNBIBAIOIIYI0 cXeMy Ipouecca 3K3ouurtosa. Jlo cHX
Nop He YCTaHOBJEHA pOJib APYrHX LHTOMJIa3MaTHYyeCKHX OeJIKOB,
crnocoOHBLIX B3aHMOJEHCTBOBATb C CEKPETOPHLIMH Iy3BIpbKaMH NPH
noBollleHHH KoHueHTpauud Ca?t., Xots cyulecTByIOT AaHHBlE 00
yuactun UAM®-3aBHCcHMOH  NPOTEHHKHHA3bl, KaJbMOAYJHHA H
npoteHHKHHa3nl C B caMblx pasHOOOpasaHbIX Ipolueccax 3K30LHTO-
3a, MEXaHH3M HX IelCTBHA He HccleoBaH. BnpoueM, HeoOblyaKkHO
6biCcTpBIH Tporpecc B AaHHOH o00OJacTH MO3BOJAET HAAEATHCH, YTO
K MOMEHTY BHIXOAA 3TOH KHHTH pPOJb 3THX OeJKOB B peryJsiiHH
ceKpeuuH OyneT pacKkphiTa.

7.3. TlpoBeneHue HEPBHOro UMMYJIbCA

[lepenaua HepBHOro HMNyJnca obecneyHBaeTcss B pe3yJbrarte
BLICBOOOXKJE€HHA H3 HEPBHHIX OKOHYaHHH cneuudHueckoro Hekpo-
MenHaTOpa, HallpEMep HOPAOpeHaAura WM ayeTuaxoauxa. Buaua-
Je HabJalonaeTcs! NOBLILIEHHEe B CHHANTHYECKOM Ny3bIpbKe KOHUEHT-
pauHy HOHH3HPOBaHHOro KaJjbuus. Bxox Ca?+ B npecHHanTHYecKHe
HepBHbIE OKOHYAHHSI NPOHCXOAHT Yepe3 «MelJieHHble» H «6GhICTphIe»
KaJblueBble KaHaaol THna L u 7, a B psine kiaetok — N-tuma (cM.
pasg. 4.2); KpoMe TOro, OH CTHMYJIHpYeTCSl [enoJisipH3auHell KJe-
TOYHOH MeMOpaHH], HanpHMep, B cpelie ¢ BHICOKOH KOHIEHTpalHel
K+. Bricrpas ¢a3a Bxoga Ca?+ 3aBeplliaercsi 3a BpeMs, Kak Ipa-
BHJIO, He OoJiee 1 c, MenneHHasi — MoxXeT JJHTbcA Jio 20 c; obe
¢dasel 6JOKHDPYIOTCS 6epanamuAom H He MOAM(PHUHPYIOTCS MO
peficrBHeM OJIOKaTOpa HaTpHEBHIX KaHaJOB TETPOOOTOKCUHA.
Bxop Ca?t B HepBHYIO KJETKYy MOXeT Take o6ecleyHBaTbCsA 3a
cuetr Na/Ca-rpanuenta Ha niasmaneMme,

Puc. 34 uaalocTpHpyeT mnocJie10BaTeJbHOCTh NpoLeccos, obecre-
YHBAIOIIHX BHZeJEeHHe HeHpoMeaHaTOpa H3 NPeCHHAaNTHYeCKOro
oKoHyaHHufA. IloTeHunan neiicTBHS, HHHUHHPOBAaHHLII B TeJe Hel-
poHa, pacnpocTpaHsieTcsi BHOJb aKCOHa H InocTtynaer B 006J1acThb
cuHanca., BpéMmeHnnas pemossipusauus MeMGpaHH OTKpPHIBaeT Io-
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reHlHan3apucuMble Ca-KaHaJel H BBHI3BIBA€T yBeJHYeHHe BXoJa
Ca?* B npecuHanTHYeckoe oOKOHUaHHe. BXxoAslHH KaJablLHeBBLIH
TOK CO BpeMeHeM HHAKTHBHpYyeTCss KaK NOTeHUuHas-, TaK H TOKO3a-
BUCHMBIM MexaHH3MoM. HeilipoMenuartop Buipedsiercs nox aeHcrt-
BHeM Jub60 camoro Ca?+, nu6o B pesynbrate akTHBauHH Ca-Kaab-
MOOyrun3asucumoil nporeunkurasst, OH nonagaer B CHHaNTHYe-
CKYIO 1LleJlb, aKTHBHpPYeT ITOCTCHHaNTHYeCKHe peuentophl U BH3LIBA-
€T BO3HUKHOBEHHe [MOTeHUHaJa Ha MeMOpaHe NPOTHBOIMOJIOXKHOK
KneTKH (HampHMep, Ha MeMOpaHe MHILeuYHOH KJeTKH). Boluen-
IIHH B NpecHHaNnTHYeCKOe OKOHYaHHMe KaJbLUHi yHalsfercs 3aTeM
SHIOMJIA3MaTHYECKHM PETHKYJYMOM, MHTOXOHJADHAIMH H 3a CYer
Na/Ca-o6meHa yepe3 nia3malieMmy.

Oronvarue
OKCOHO

CunanmuvecKas
, web

~——

flnasMcaerMa

Puc. 34. Ilepepacnpenenenne Ca?+ B HepBHOM OKOHYaHHH M BhJeJIeHHE
HefipoMennatopa (HM) B cHHanTHuecKylo wLiesb:

Ry v R; —mpe- H NOCTCHHANTHYECKHEe peLenTopb,, M — MHTOXOHADHR, 11 — noTeHLM-
an peficrBus. CIl — cunantHyecKull ny3nipek, 3P — sHAONNasMaTHYECKHA PETHKYNYM

ITpouecc BuaenenHss MeiHaTOpa B CHHANTHYECKYIO 1ieJb NOABEp-
JKeH TOHKOH peryJslHH, CBSI3aHHOH C aKTusayuel pasAuyHolLX
npecunantuseckux peyentopos. Ilpu aTom MomyasiuMH MOTYT OHITh
nojBepKeHbl IPECHHANTHYECKHH KaJlbIHEBHHl H KaJiieBblil TOKH,
norJowenne Ca?t Bo BHYTPHKJ/IETOYHHE pe3epByaph H BHOpPOC 3TO-
ro KatHoHa B uurtonnasmy. [lon neficTBHeM op-afpeHepruyecKux
H MYCKapHMHOBHIX aroHHCTOB, a TaKXe OIIHOHJOB, MYPHHOB H Npo-
CTarJIaHAHHOB BHIXOJI ME€IHATOPOB INOJAABJSAETCs, aKTHBaLUMs Ipe-
CHHANTHYECKHX peuentopoB fq-aipeHEPrHYeCKHMH aroHHCTaMH H
aHFHOTEH3MHOM YCHJIMBaeT HX BbIOpoc. Bo MHOrux ciyvyasix TopMo-
3slluil 3¢dext ob6ycnoBien runepnoJspH3lanueii MeMGpaHH 3a
CYeT YBEJHYEHHs ee KaJHeBOHl NPOBOLHMOCTH,



7.4. OnaopoTBopeHUe U pa3BUTHE

Bonpoc 0 ToM, ¢ NOMOIIBI0 KAKHX MEXaHH3MOB OCYLIE€CTBJIAETCS
aKTHBalHA RHLEKJIETKH NPH ee OMNJOJOTBOPEHHH, B TeyeHHe MHO-
rux Jer BoJHyeT GuoJoroB. HanGoJiee peranbuast HHQOpMauHs o
MexaHusme onao00TeOpeHus TOJIydeHa B 3KCNEepHMEHTaX Ha HKpe
MopckHx exeil. HecoMHeHHO, YTO B peajlH3aldH CHrHaJa OT moO-
BepXHOCTHOH MeMOpaHbl K GHOCHHTETHYECKOMY amnmapaTty OIJIOAO-
TBOPEHHOH KJeTKH y4yaCTBYIOT HOHBI KaJIbLHfl, Tak KakK NpH OILI0-
JOTBOPEHHH HabJII0faeTcs 3HAYHTeJbHOE YBeJHYEHHE ero KOHIEHT-
pauHu B uMTonjaaMe, Uepes HeCKONIbKO MHHYT KohueHTpauua Ca?+
BOCCTaHABJIHBaeTCs A0 HCXOAHOro ypoHs. IIpu 3TOoM Habaiogaercs
JenoJipH3auHs NJasMajieMMbl 332 CYeT BXOASLIEro BHYTPb KJETKH
Ca?+, [lpuH HHBeKUMH BHYTPb KJIETOK KaJbUHEBOro KOMIIJIEKCOHA
SI'TA npouecc akKTHBAaUUH TOPMO3UTCA. B TO >Ke BpeMsi aKTHBa-
LHS SHUEKJeTKH HaObJlogaeTcsi NPH BHECEHHU B HHKYDOaLHOHHYIO
cpeny kanabuueBbix HOHodopoB A23187 nnm X-537A, npuyem nas
3TOro mpouecca He ofs3atespHo npucyTcTBHe Ca®t Bo BHeKJeTOU-
HOM pacTBOpe.

Takum obOpa3oM, oyeBHIHO, 4TO, BO-mepBHIX, Ca?+ uzpaer poae
8TOPUHHO20 MmecceHOxepa npu OnAoOOTE0PEHUl; BO-BTOPHIX, Yyee-
AUYEHUE KOHYEHTpayuu 6HYTPUKAETOYHO20 Kaabyus obecnewusaer-
cA KaK 3aexkTpozernoim TOkOm Ca?+ uepes nOBepXHOCTHYO memb-
pPany, TaK u ezo 8bI6pOCOM U3 BHYTPUKAETOYHbIX Oeno u, B-TPETHHX,
TOABKO 8TOpas ¢ha3za ysesuueHus BHYTPUKAETOUHOL KOHYEHTpayuu
Ca?+ orsercrsenna 3a onA000T8OpeHUe [UYEKAETKU.

Poapb norenuunansaeucuMoro Bxona Ca?+ yepe3 NoBepXHOCTHYIO
MeMOpaHy B fHUEKJeTKy IOKa He BHsicHeHa. [Ipeamonaralror, yro
3TOT NMOTOK BHI3LIBaeT OnNpejeseHHble H3MeHeHHss B MeMOpawne,
NpensiTCTBYIOLIHE NoJHCIepMHH. TakHe H3MEHEHHsl MPOHCXOIAT 3a
cYyeT TaK Ha3bBAeMOH KOpPTUKAALHOU peaKkyuu, CONPSAXKEHHOH C
MaCCHBHLIM 3K30LHMTO30M COAEPXXHMOTO MHOTOYMCJEHHHX BHYTpPH-
KJeTOYHHIX IpaHyJ/. JK30LHTO3 HHHIHHpyeTcH B 00JIacCTH B3aHMO-
JeHCTBHA CO CHnepMaTo30HIOM H OHICTPO pacnpocTpaHsercs IO
Bceill sifineknerke. CekpervpyeMble BeulecTBa (¢epMeHTH U CTPYK-
TypHHE 6eJIKH) H3MEHSIIOT CTPYKTYPY BHEKJETOYHBIX MeMOpaH, yTo
Kak Obl OTTaJIKHBaeT YXKe He HY>XHble CnepMaTo30HAH OT JIas-
MaTHuUeckO# MeMOpaHBl IOcJe TOro, Kak NPOHCXOILHT BOCCTAHOBJIe-
HHe HcxOoAHOro MemM6paHHoro moreHuHaja. He uckioyeHo Takixe,
yto nocrynamowuii H3BHe Ca?t 3anyckaer npouecc BhICBOGoXKIe-
Huss Ca?t u3 BHYTPHKJETOYHHIX pe3epByapoB, NofoOHHIi TOMY,
KOTOpHIHl ONHCAaH JJIS MBILIEYHKIX KJEeTOK.

Iloka ewuie HeT NMOJIHOHM SICHOCTH B BONpPOCE O TOM, KaKHE BHYT-
PHKJIETOYHBlE KOMIOHEHTH SABJSIOTCS MHulIeHblo aast Ca?* mpu
aKTHBAUHH H TNOCJeNyIolleM [eJleHHH ffileKJeTKH. JKCIIepHMEHTH
Cc (heHOTHa3HHAMH CBHAETEJbCTBYIOT O TOM, YTO B KOPTHKaJbHOM
peakuuH NPHHHUMAeT yyacTHe Kaaemooyaur. Kpome Toro, nokasa-

102



HO, yto nox nerictBuem Ca?t+ aktuBHupyetcs norJouienue O, romo-
reiatoM Hrkph Mopckoro exa (T. Hultin, 1950). 3to cBsizaHo ¢
nponykuueit H.O, B pesynwpraTte B3aumomeiictBus Ca2t ¢ nurmesn-
TaMH IOJHTHAPOKCHHA(PTaXHHOHOBOH NPHUPOAH, a TaKXe C UHTEH-
cupurkayuell meraboausma apaxudoHO8ol KUCAOTeL TOJ AeHCTBHEM
AunoKcuzenasst — ¢epMeHTa, reHepHpyiollero nepokcHAH. Mexa-
HH3M YYacTHs JIHNIOKCHreHashl B pPa3BHTHH OIIOJOTBOPEHHOH sille-
KJeTKH noka He ycraHosjeH. CnenaHo, TeM He MeHee, IpexrnoJo-
JKeHHe, YTO [MEPOKCHAB JIMIHAHOH W HEOpPraHHYeCKOH npHpOAHI
MOryT Hrparh poJib BTOPHYHBIX MeCCEHAXKepOB, KOOPAHHHPYs He
TOJIbKO AHObepeHuHanuio, Ho H Apyrie ¢pyskuuH kjerok (D. Epel,
1982).

Honnl kaablus HeoOXOAHMHE TaKKe /Sl GKTUBAYUU CnePMATO30-
uda O0an nocaedyroueeo onaodoTeoOpPeHUs. AKTHBaUMs BKJIOYaeT
JBa OCHOBHHIX Hpolecca: yBeJHYeHHE MOABHXHOCTH KJIETKH H HH-
AYKUHIO aKPOCOMHOH peakuuu (3K30UHTOTHYECKOH MOJAH(PHKAUHH
nJjasMaTHuyeckoii MeMOpaHbl), HeOOXOAHMOH HJsi CIHSIHHA C fkle-
KJIeTKOH M akKTtuBauuH nocienHed. (OO6a mpouecca aKTHBHPYIOTCS
IIPH MOBHIUEHHH BHyTpHKJerouHoro pH, a akpocoMuas peakuus
3aBHCHT TaKXe OT noctymjeHHss Ca?t BHYTpb KJETKH CNepMaTo3o0-
HIa yepe3 IJIa3aMaTHYECKYyI0 MeMOpaHy.

YBenuyenue ypoBHss Ca?+ B cnepMaTo3onie NPHBOAHT K aAKTH-
BauuH ¢oconnosuTunHoro obmena, ¢ochoaunas C u Ap, ysenn-
YeHHIO KOHueHTpauuH pochatunnoii kucaorer (P. Y. Bennet et al.,
1987). Kaxk ansodochonununab, Tak H ¢ochaTHaHAsA KHCJIOTA M
JHAUWITJHUEPHH MOTYT yYacTBOBaTh B Ipoluecce paecTabHJIH3alHH
aKpocoMaJIbHOH H mJa3MaTHyecKOi MeMOpaH, HeoOXOAHMOM AJs
Hx cnusinus. Ilocne causiHusi depMeHTHl, COCpelOTOYEHHHIE B aKpo-
cOMe, BHAEJSAIOTCS BO BHEKJIETOUHOE NPOCTPaHCTBO H obecleyHBa-
IOT NPOHHKHOBEHHE CNIEpMaTO30HAAa B AHIEKJETKY.

[IpennonararTr, yto aktHBHpyoulee aeiictBHe Ca2?+ Ha mpouec-
CHl, NpOTEKaloulHe B CNepMaTo30HJe, peayH3yeTcs NOCpenCTBOM ero
CBSI3LIBAHUA € KaJbMOAYJHHOM. Tak, TpH}TOpnepasHH B KOHLEHT-
pauHH 1—2 MKMoJb/a 610KHPyeT aKPOCOMHYIO DeaKIUHIO CIepMbl
MOpPCKOro e€Xa, HHAyLHpyeMylo MeMOpaHO# siiuekJeTkH. To, uro
JelcTBHe 3TOro KaJIbMOJYJHHOBOro HHrHOHTOpa cneuH(pHuHO, a He
o6ycJioBJleHO noBpexkneHHeM MeMOpaH, JOKa3biBaeT OTCYTCTBHE
sbdexra TpHTOpNEpa3vHa NpH APYrHxX crnocobax HHAYKUHH aKpo-
COMHOH peaKLHH.

AxkymyaupoBanHui#i cnepmarosouzgoM Ca?t monagaer nu6o B
MHTOXOHAPHH (OLHH H3 HEMHOTHX NMPHMEPOB DEryJsATOpHOH POJIH
MHTOXOHADHH KaK KaJbUHEBHX JeNo), JHOO BBIBOLHTCH H3 KJETKH
nocpeacrBoM Ca-AT®asn nnasMartHyeckofi MemGpaHbl. TOHKHI
MOJIEKYJIIDHHI MeXaHH3M KaJIbLIHEBOH peryJjsuHH NOABUXXHOCTH H
aKTHBHOCTH CIlepMaTO30HAa, B YACTHOCTH KOOpDAHHAUHA H3MEHEHHS
pH c BuytprknerounelM ypoBHeM Ca?+, emure xJeT cBoero pac-
KpHITHSL.
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7.5. Tlepenoc Ca2* yepe3 memMOpaHbl
npocrefiux, 6aKTepuil M KJIETOK pacTeHUH

CyuiecTBOBaHHe OILHOKJETOYHHIX OpraHH3MOB CBfI3aHO C HX IO-
CTOSSHHBIM JABH)KeHHeM M H3MeHeHHSIMH ¢opMu. CBo6opHOMNNaBalo-
mwHe mnpocteiilune Tefrahymena w Paramecium (3HaMeHuTass HH-
¢y3sopusa-tydesbka) oTBeyalOT Ha pas3/HYHble XHMHYeCKHe BO3lei-
CTBHSl XapaKTepHOH OTpHLATEeJbHOH XEeMOTAKCHYECKOH peakuHeHd,
nposBasiOlleics BO BPEMEHHOM H3MeHEHHH MepLaTe/bHHIX ABHXKe-
Hu#l pecHuuek. Okas3aJsoch, YyTO NOAOOHHIE JBHraTeJbHhHE OTBETHI
KOppeJHPYIOT ¢ BpeMEHHbLIM yBeJHYEHHeM B HX UHTONJa3Me KOH-
LeHTpauuu HoHusupoBanHoro kanawuus (Y. Naitoch, H. Kapeko,
1972). ODuaekTpo¢H3HOJOrHYecKHe HCCJIeNOBaHHA MOKa3aJH, 4TO
yBeJqHueHHe BHYTpHKJeToyHoro Ca®t omnocpenoBaHO OHICTPHIM €ro
BXOJOM Yepe3 MOTEHUHAJYYBCTBUTEJbHHE Ca-KaHajln Ha MeMOpa-
He pecHHYeK.

KaJbuHeBHIH CHrHAJ H B 3TOM CJyyae peaJiH3yeTcsi yepe3 KaJb-
MOJyJTHH H, IC-BUAHMOMY, BKJIIOYaeT aKTUBAYUIO KAAbMOOYAUHAKTU-
supyemoi ¢paxkyuu eyanusatryuxsassvt. Ocraercs HaueATbCH, YTO
JaHHbli BBIBOJI, OCHOBaHHAWIH Ha 3KCIepHMEHTax ¢ (peHOTHa3HHAMH,
He Oyler OIpOBEPrHYT KOHTPOJIbHBIMH ONBITAMH, AE€MOHCTPHpPYIO-
IUMMH HecneuHduyecKoe HeHCTBHE 3THX KaJIbMOJAYJHHOBHIX HHIH-
6uTOopoB (CcM. pasn. 2.2).

Ha ¢yHKunOHaJbHO BaXHYIO poJb KaabModynuHa B Tetrahy-
mena u Paramecium yxasHBaer H cneuuduyeckas ero JIOKaJIH3a-
uus B pecHHYkax. IIpu stoM noBhllueHHe kOoHueHTpauuH Ca’t BH-
3blBaeT MOJHOE HCYe3HOBeHHe CBOOGOAHOrO KaJbMOJYJHHA H3
stoil obJiacTH, yTo O6YCJOBJIEHO, HECOMHEHHO, ero B3aHMOJeHCTBH-
eM ¢ Geakamu-muulensiMu (K. Ohnishi et al., 1981). Kpome Toro,
KaJbMOJYJIHH JIOKaJH30BAH B POTOBOM amnapaTe NPOCTEHUIHX,
HOpMaJibHasi (PYHKUHS KOTOPOro BaXHa He€ TOJBbKO AJs NOrJolile-
HHSl NHILH, HO H AJs npouecca AeneHusi. PoroBoil annapart npex-
cTaBJsieT coboifi cJoXXHOe o6pasoBaHHe H3 CIVIETEHHs] MHOIOYHC-
JIeHHBIX MHKpPOTPY6OYEK, TOJCTHIX MHKpO(HJIaMeHTOB H MeMOpaH-
HHIX opraHesJ. TpudTopnepasuH (Hau6oJee IIHPOKO HCHOJIb3Yye-
MBI HHrHOHTOp KaJbMOAY/JHHA) CYIIECTBEHHO TOPMOSHUT 3aXBar
NMHTaTeJbHBHIX BeleCTB TeTPaXHMeHaMH H HHETHOHpyeT 3K30LHTO3,
H3-32 Yero B 3THX npocredlinx (GOpMHPYIOTCS KPynHHIE BaKYOJH.
HHTtepecHO TakiKe, uTo moi neificTBHeM TpH(TOpnEpasHHa KJETKH
TeTpaxHMMeHh HayHHAIOT IMBITh «3aioM Hanepea» (Y. Suzuki et al,,
1980). bynymee mnokaxker, BO3MOXHO JIH CO3JlaHHE JIEKAPCTBA
npotHB GoJe3HEeTBOPHBIX NPOCTEHIIHX Ha OCHOBe TpH$TOpNEpa3HHa
HJIu ero aHaJsioroB. Bo BcfiKOM ciayyae, nNpHAETCH «3aCTaBHTh»
TeTpaXHMeHy H36HUpaTesbHO HaKalJHBaTh KaJbMOAYJHHOBHIH HHIH-
GHTOp B CBOEil LIHTONJIa3Me.

Konuentpauus Ca?+ B KJeTKax NPOCTEHIIHX YBeJHYHBAETCS
JHIIb HA2 KOPOTKHI NOPMeXYTOK BpeMeHH, NMO3TOMY JIOTHYHO Npej-
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NOJIOXKHUTh, YTO B HHX HOJIXKHHl CYILECTBOBATb CHCTEMH, NOHHIKAIO-
HIHe KOHLUEHTPAlUHIO AAHHOrO KaTHOHAa. JlelicTBHTENbHO, yHaJioCh
o6Hapy>XHTb cHCTEMY akKTHBHOro TpaHcnopra Ca?t, accounupoBaH-
Hyl0 ¢ ¢pakumHeii MHKpocOMaJbHHX MeMOpaH. H3oanpoBaHHEIe
MeMOpaHB He TOJIBKO akKkyMmyJHpoBadu Ca®+ 3a cuer paboTH
Ca-AT®asbl, ob6sanaBileli BHICOKHM CPOACTBOM K 3TOMY KAaTHOHY
(Kd=0,4 MxM), Ho u BbicBOGoxnanu Ca?+ mox nefictBHeM TPH-
TopuepasuHa. Ha nepBuit B3rsisin, HaHHHeE o AeHcTBHH TpudTOpIE-
PasHHa CBHAETENLCTBYIOT O IJIasMajeMMaJbHOH NpPHPOAE BHJe-
JenHoit Ca-tpaHcnopTupyiolleit cicteMbl. OpHako HAeHCcTByOLHE
KOHUEHTpPALHUH 3TOro COeAMHEHHs OblIH ovyeHb BhicOKH (100—
200 MkMoab/71), a no6aBJeHHBIN KaJbMOAYJIHH HHKAK He BJIMAJ Ha
CHCTEMY KaJIbLIeBOro TPaHCMNOpTa.

HMcxonst u3 ananuaa akTHBHOCTE!l MapKepHEIX (epMeHTOB, OnlJ
clleJiaH BLIBOJ, YTO HaHHas QpakuHs COOTBETCTBYeT IHOONAA3MATU-
4ECKOMY PETUKYAYMY.

Ponb HoHOB KaJbliusl B pezyanyuu meraboruyeckoll aKTUBHOCTU
baxrepuil 10 CHX MOp He BBISICHEHA, XOTA 3TH OPraHH3MHl TaKXke
06/1anal0T cHCTeMaMH akKKyMyJasuuu H BhiBenewuss Ca?+. HeoGxo-
IUMOCTh B cucrteMax ynpaneHus Ca2?t u3 kjerok 6akrepuit o6y-
CJIOBJIEHA Te€M, YTO MOCJeIHHe CYLIeCTBYIOT B Cpe€lax C BHICOKHM
copepxkaHHeM Ca?+ M JOMKHB MOANEPKHBATH MNOCTOAHHO HHU3KYIO
(oxono 10~7 Mosnb/J) BHYTPHKJETOUHYI0 KOHLEHTPALHIO 3TOro
KatHoHa. [lpeanonaraior, utro Ca?t+ nocrynaer B 6GakTepHH 3a CYeT
3JIeKTpo(OpeTHUECKOro NepeHoca Noj JAeicTBHeM TpaHcMmeMOpaH-
HOrO 3JIeKTPHYeCKOro noTeHIlHaJa.

Ynaneune Ca?+ u3 6GaKTepHil ocyulecTBisieTcsi JH60 3a CyeT
eudpoausa ATP (Streptococcus faecalis), nubo nyreM ob6mena
Ca*+ na dpyeoii xaruon: na H+ (E. coli, Bacillus subtilis u npy-
rue 6akTepHH, obuTalolle B CPeaX C HH3KHM coleprKaHHeM Nat)
uau Ha Nat (Halobacterium halobium).

He Bcerna BO3MOXHO Jerko omnpefenuTb, obecrneynBaeT JH
AT® nenocpeacrBenHo nepeHoc Ca?+ yepe3 NOBEPXHOCTHYIO MeM-
O6paHy 6GaktepuH (Kak, HanpHMep, B 3DHTPOLHTAX) HJH NPH 3TOM
NPOHCXOAHT 00pa3soBaHHe rpajHeHTa APYroro HOHa H NepeMeLleHHe
Ca?+ gBasiercss BTOPHUHHIM npoueccoM. Hanpumep, B aHaspoGHoil
6aktepuu S. faecalis cywectsyer H-AT®a3a, tpancnoprupylouas
HOHH BOJIOpOZia BO BHEKJIETOYHOE NpPOCTPpaHCTBO, nostomy Ca?+,
B NMPHHLHINE, MOXET YAaJdAThCS M3 KJIETKH B OOMeH Ha NPOTOHHL.
TeM He MeHee moc/je CHATHA NPOTOHHOrO TrpaAHeHTa pa3obuiHTe-
JsIMH OKHcauTeabHoro ¢ocopuanpoanus u nopasnenuss H-ATO-
asnl crneuHpuyeCKHM HHrHOMTOPOM [IHUHKJIOreKCHJIKap6OLHHMUIOM
oTH OakTepHH Bce JKe CNoco6HH TpaHcnoptHpoBaTh Ca?t Bo
BHELIHIOI Cpefy, OYEBHAHO, 32 CUEeT OCTATOYHOr0 BHYTPHKJIETOUHOrO
AT® (H. Kobayashi et al., 1979). B To e BpeMsi HCKYCCTBEHHOE
r&agenenue rpagueHTa HOHOB BOJOpOZia He BHI3HIBaJlo BHIOpoca

a*t,
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Ilon nefictBuem [y-32P] AT® B wMeMmG6paHnax S. faecalis o8-
pasywoTcsi 1Ba GocHOPHIHPOBAHHEIX MPOAYKTA, YYBCTBHTENbHHE K
IHIPOKCHJIAMHHY M cojepxailue auHJdochaTHy0O CBS3b, CBOMCT-
BeHHYI0 BceM Ej—FEj-hepMeHTaM. YHBHUTEJIBHO, OJHAKO, YTO MO-
JIeKyJsipHasi Macca 3TOro BO3MOXHoro auujidochaTHOro HHTEp-
Mennata Ca-AT®asn cocraBasier Bcero 53 k]I, a ero o6pa3oBanue
He wuHrubupyercs 3II'TA u BanamatoM (Y. Burkler, M. Solior,
1982). Iloka He sicHO, MOXHO JH oTHecTH 3Ty Ca-ATda3sy kK HOBO-
My KJiaccy KaJbUHATPAHCNOPTHPYIOUIHX OeikoB Hiau ee ¢ocdopH-
JIHDOBAHHBIH NPOAYKT €CTh Pe3yJbTaT NPOTEOJHTHYECKOro pacluen-
JleyHs 6eska 6onbliell MOJIEKYJSIPHOH Macchl.

B npyrux 6aktepHsx 3Heprus nJs Bei6poca Ca?t Bo BHELIHIOO
cpeny 3anacaercs B BHAe rpaaueHToB Na+ u H+*. Ilpn pa6ote uenu
nepeHoca 3jekTpoHoB B E. coli BHYTPHKIETOYHOE NPOCTPAHCTBO
3apskaercs 6oJlee OTpHUATENbHO 1O OTHOLIEHHIO K BHeELIHeH cpe-
e H uMeer Gosnee Boicokoe 3HaueHne pH. J[ns toro yrobwl Hc-
NoJIb30BaTh CHJy MeMGPAHHOrO MNOTEeHUHana AJs BbIBeJIEHHS IBYX-
BaJIeHTHOTO KAaTHOHA M3 KJIETKH, GaKTepHH OCYLIECTBJSIOT He
3JICKTPOHEHTpAJIbHbIH, a 3JIeKTPOreHHbi OOMEH, cONpsXKeHHHH C
NepeHOCOM BHYTPb KJIETKH CYMMAapHOro MOJIOXKMTEJNbHOrO 3apsna,
BO3MOXHO co ctexuomerpueli 3H*/1Ca?+ (H. Tsujibo, B. P. Ro-
sen, 1983). EcrecrBeHHO, 4TO HcnoJab3oBaTh MeMOpaHHBIH MHOTEH-
I[HaJ CO 3HAKOM «—» BHYTPH KJIETKH 1JIsl BhIBEIeHHS KdTHOHA
MOXHO H HHBIM croco60M, a HMEHHO, TPaHCIOPTHPYS HapyK' BMe-
CTe€ C KaTHOHOM H aHHOH, T. €. nyteM cumnopra (A. A. Boaanpes,
1986). Taxkoit npouecc onucaH, B YaCTHOCTH, AJasi KJjetok E. coli,
yaansiowux Ca?t 3 KneTKH BMecTe ¢ HeopraHuueckuM ¢ocdaroM.

Jlns psna MHKpoopraHuaMoB, Hanpumep [Halobacteriun: halo-
bium, peryasaropHas poap Ca?t oxapakTepH3oBaHa HAOCTATOYHO
nonxo. dra 6akrepust kaxahle 10 ¢ H3MeHseT HanpaBJeHHe CBOEro
IBHXeHHS, 4T0 o6ecneyHBaeTcd H3MEHEHHEM YYBCTBHTEJBHOCTH
BpalaTeJbHBIX pPECHHYEK K CTHMYJY-— cBeTy. BHelWHHI cHrHal
BOCNIpHHHMAaeTCsl peTHHalbcOZepXkKalHMH ¢oTopeuenTtopamMy, a
TaK¥Ke XeMOopelentopaMHi. YCHJEeHHe XKeJTo-3eJleHoro («aTTpaKTHB-
Horo») cBeTa YyBeJIHYHBaeT BpeMsi MeXAy ofpauieHHeM MepLaHHA
pecHHYeK, a ycCHIeHHe YyJabTpaduoJeTOBOro («penesyieHTHOro») —
yMeHbL1aeT 37O Bpems. Ilpedmnosiaraiot, 410 B pe3yJbTaTe CBETO-
BhHIX BO3JeHCTBHi- B IHTONMJIa3Me MeHSIeTCs KOHLEHTPALHsl HeKOero
peryasitopHoro BeulectBa-ocuuaasatopa (A. Schimz, E. Hildeb-
rand, 1987). Cpsiab Mexay CHrkaJIoOM M ABMrateJbHOH (yHKuHe
H. halobium ocymectBasierci 3a cueT 0o6paTHMOro MeTHJIHMpOBa-
Husi MemOpaHHBIX GeskoB. OKa3asloch, YTO yMeHblIeHHe KOHLIEeHT-
pauuH BHewHero Ca?+ aKTHBHpPYeT MeTHJIHDOBaHHE H BLI3LIBAeT
penenneHTHH# orBer 6akrepHil. MHru6upoBaHHe METHJIHPOBAaHHS
ofecrneyuBaeT aTTPAaKTHBHHIH OTBeT. B peryasiliiH MeTHJIHPOBaHHSA
H ABHXeHHs G6GakTepud yuyactByeT Takxe ulM®, nefictBue Koro-
pOro NpOTHUBOMOJIOXKHO BJIHAHHIO HOHOB KaJbIlHA.
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HecMmoTpsi Ha TO YTO Aaxe CanoOBOA-IIOOHTENb MOXKET CKa3aTh
CO Bcell ONnpenesyeHHOCTbIO, YTO HOHH KaJIbLHAA BJHSIOT HA POCT H
pasBHTHe pacTeHHH, TOHKHE MeXaHH3MHl KaJlbLiMeBOH peryJsiliuH
BHYTPHU- H BHEKJETOYHHIX TMpPOLECCOB pacTeHHHl JO CHX MOp He
BhIsiCHeHH. KaJbuuil noctynaer B pacTeHHsi yepe3 KOPHH H HH(-
GyHOHpYeT JlaTepasibHO NO BHEKJIETOYHOMY (anomnjacTHYecKomy)
npoctpadcTBy. OcHOBHBIM 6apbepoM IJis HaJibHedillelt auddysuH
Ca?+ sBasiioTcs yToJLEeHHBIe CTeHKH 3HaoiaepMuca. Ilpeanosaara-
10T, uTo Bx0oj Ca®* B KJeTKy paCTeHHSl OCYILEeCTBJSETCSI NacCHB-
HBIM 06pasom.

B nokosimuxcsi KJeTKax pacTeHHi, KaK H B KJIeTKaX XXHBOTHBIX
H TNpocTeflunX, YpoBeHb LHTONNasMaTtuyeckoro Ca?t mpuMepHo B
1000 pa3 HuXe, yeM BO BHeulHel cpexe. CyYyHTAT, YTO AJIS Hpe-
JOTBpaLleHHS TOKCHYECKOro JeHCTBHS BBICOKHX KOHLIEHTpauHH
Ca?* Ha BHYTPHKJETOYHH MeTab0JH3M pacTHTeJbHBlE KJETKH
HCIOJIL3YIOT cucTeMHEl BhiBeneHHsi Ca’t yepes BHelIHIOIO MeMOpaHy
H 3afacaHHsi BO BHYTPHKJETOYHHX opraHe/nax. Mmelorcsi cBene-
Hus, yto BHOpoc Ca?* u3 KJIETOK pacTeHHH, ONOCpeNOBaHHBIH pa-
6otoit Ca-AT®da3n, MOXKeT pPeryJHpOBaTbCH KaJbMOILYJHHOM.

B nononHeHHe K TPaAMUHOHHBIM BHYTPHKJETOUHHIM CHCTEMaM
KaJbUHEBHIX HAaCOCOB 3HAOMNJA3MAaTHYECKOH CeTH H MHTOXOHJpHH,
CBOACTBEHHHIM XHBOTHHIM KJIeTKaM, 3peJble pactiTeibHble KJETKH
cojgepxaT Takxke KpynHylo Ca-akKKyMVJHDYIOLlyI0O opraHesmty—
YenTpaabHyo saxkyoas, 3aHuMmamomyio ot 10 o 90% kaeroynoro
npocTpaHcTBa. B Bakyossix 3amacaloTcsi HOHBI, caxapa, OpraHpue-
CKHe KHCJOTHl H ruaposHTHueckHe depMmeHTH. Konuentpauus Ca?+
B BaKyOJH MOXeT JOCTHraTh HEeCKOJbKHX MuJIHMoJeii Ha 1 J.
Xorss B mnuactuxax KoHueHtpauuss Ca?t eme shuwe (no 15
MMoOJIb/J1), OYEBHAHO, YTO H3-3a 6OJBIIOro 06beMa HMEHHO IIEHT-
panbHasi BaKyo/lb oOcyliecTBJseT (YHKUHIO aKKyMYJsIUHH H Xpa-
HeHHMSI OCHOBHOH 4uacTH KJjeroyHoro Ca2?t, Boabinas yactp Ca?t,
COCPEIOTOYEHHOTO ‘B LEHTPAJIbHOH BaKyOJIH, He MOXeT MOOHJIH30-
BaThCA H NOCTYNAaTb B UHTONJA3My BBHAY TOTO, YTO B BaKYOJH BHI-
COKa KOHUEeHTpalHsa OKcaJsara, ¢ KotopeiM Ca?+ ob6pasyer MmaJo-
pacTBOPHMBIH KOMIIJIEKC.

Bakyonsipuasi MeM6paHa (TOHOMJACT) CoAepXHT cHcTeMy ATO-
3aBucuMoro nepeHoca Ca?+. Tak Kak 3TOT nepeHoc yepe3 MeMOpa-
Hy aKTHBHPYIOT H HHFHOHDYIOT Te Xe COeNHHEHHsl, YTO H BO3zeil-
cTBylouie Ha aktuBHOCTh H-AT®asn TOHONJACTOB, cH€NaH BHI-
BOJ, YTO 3a 3TOT nepeHoc orBeyaer He Ca-AT®asza, a H+/Ca2+-
ob6meHHHK (K. Schumaker, H. Sre, 1986). [IBuxyweil cumoi nepe-
Hoca Ca?+, paBHO KakK H OPYrHX BeIlecTB, Yepe3 TOHONJIACT B 3TOM
clyyae siBjasieresi epadueHt 8000poOHbix uonos. H-AT®dasza ToHO-
nJjacra no psiny CBOHCTB oTJHyaercsi Kak ot F-AT®a3 (MHTOXOH.-
pHaJbHOro THma), tak H ot P-AT®a3 3HI0NJa3MaTHYECKOrO0 peTH-
KyJyMa H miasMajeMMbl. AT®asa ToHomsacta He HHrHOHpyercs
BaHajgaToM M asunoM H G6aokupyercsi KNOs u KSCN. B ee coctaB
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BXOHSAT [ABa OCHOBHHIX THIA TNOJIHIENTHIOB C MOJIEKYJSIPHOA Mac-
coi 66—89 k]Il (karanutuueckasm cyGpeluHHua) u 54—64 k]l
(perynsitopHass cyObeauHHIa, COLepIKailas HYKJEOTHICBSA3bIBalO-
uui ueHtp). BrosHe BO3MOXHO, YTO 3TOT (PEepPMEHT SIBJAETCA
NpeiCcTaBHTEJIeM MPHHUMNHAJIBHO HOBOro (TpeTbero To cyeTy)
tuna AT®as (S. Mandala, L. Taiz, 1986).

7.6. YyacTHe HOHOB KaJbLUUA
B MAaTOreHes3e KJETOK U TKaHeH

Kanpuuii — yHuBepcasibHBIl PeryJfiTop BHYTPHKJIETOYHHIX IIpO-
1lecCOB, OHAKO TNPH OMNpeae/ieHHBIX YCJOBHAX (HanpHMep, nepe-
rpy3Ke HM KJeTOK) KaJblHii CTaHOBHTCA TyOHTeJbHHIM HJIsI Me-
Ta6onusma. [To3TOMy HeyaHBHTENbHO, YTO CHHXKeHHe BHYTpHKJIe-
TouHOM KoHueHTpauuu Ca?+ (1n60 6JI0KHpOBaHHE ero OCHOBHOMH
MHIUE€HH — KaJbMOJlyJIHHA) JaeT ycllex B TE€panvH NPH Pas3JHyHHIX
3aboneBanusix. Tak, ICHXOTpPONHOe LeHCTBHE MHOIHX BELeCTB
(B TOM uHclle H3 rpynnkl (peHOTHAa3HHOB) OOGDBSICHAIOT B3aHMOJeH-
CTBHEM C KaJIbMOAYJHHOM, 60 HX ¢apMakoJoryyeckas aKTHBHOCTb
KOppeJHpyeT co CHOoCOOHOCTBbIO pearHpoBaTh C 3THM OeJIKOM.

B 1o e BpeMsl 10 KOHua He paspelleHa Npo6jieMa HECOOTBET-
CTBHSl TepamneBTHYECKHUX 103 HEeHpOJIENTHKOB H HX CHOCOOHOCTBHIO
6/I0KHpPOBaTh (YHKUHIO KalbMOAYJHHa in vitro. Bo3amoXHo, 41O
peasbHass KOHUEHTpauHsd (eHOTHA3HHOB B OpraHe-MHLIEHH BO
MHOrO pas Bhillle, 4YeM B IlJla3Me KPOBH, TaK KakK 3TH BElLeCTBa MO-
YT HaKamjHBaThC B KJeTrKax. HamnpHMep, KOHUEHTpauHs XJop-
NPOMa3HHA H €ro aKTHBHLIX AaHAJIOrOB MOXEeT AOCTHraTh B MO3ry
15 mMxmoab/kr (R. P. Maickel et al.,, 1974), uto cooTBeTCTBYET
Kd xnopnpomasuna aas KajabMoanyJsHHa (5 MKM).

KaabMonynuH Bo3zeficTByeT Ha caMble pa3HooGpa3Hhle BHYTpH-
KJEeTOYHhle TIpoLecchl, NO3TOMY BOmpoc 00 OCHOBHO# MHIIEHH
()€HOTHA3HHOB NpPU HEePBHBLIX 3a60J€eBAHHAX OCTAE€TCHd OTKPBITBHIM.
B uncie (¢epmeHTOB-MHLIeHell paccMaTpHBAlOT TNpeXKJae BCEro
¢gocgpoduscrepasy, adenuraryurkiasy v Ca-ATPa3y naazmaremmel.
KpoMe Toro, ¢peHOTHa3uHB MOAABJSIOT AKTHBHOCTh TaKHX KJIOye-
BHIX (pepMeHTOB, KakK gpocgosunasa A, kunasa nezkux yenei muo-
3uHa, KURA3a gocopurasel, KUHA3A 2AUKOLEHCUHTASYL.

[IpencraBasier HHTepec TOT (aKT, YTO'B HEPBHOH TXaHH BHICOKA
KOHUEHTpalHd O6esikoB, CNoCOOHBIX, KaK H (PEHOTHA3HHH, CBS3BI-
BaTb KaJbMOIYJIHH H TOJAABJATHL ero OGHOJIOrHYEeCKYI0 aKTHBHOCT.
He HnckioyeHo, Y70 MO3r COLEPIKHT H 3HIOTeHHBIE NenTHAB, 006Ja-
Jaol(He MCHXOTPONHOH aKTHBHOCTBIO- OGHapyXeHHe 3THX peryJs-
TOPOB (PYHKLHH KaJbMOIYJHHA HECOMHEHHO OTKPOET HOBYIO CTpa-
HuLy B 60pbbe ¢ 3a60JieBaHHSAMH HEPBHOH CHCTEMHI.

JI1060e JekapcTBO He cBOO6OAHO OT HejgocTaTkoB. OZHO M3 Mo-
60yHBIX AEHCTBHH NCHXOTPONHON TepamnHH BHIpAXaeTci B OPTOCTA-
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ruueckoll eunororuu. 1ot 3pdekT Moxer OGBITh 0O6BsICHEH G6JIOKa-
JIofl KaJbMOAyJIHHA, NpHBOASLEeH K HHrHOHpPOBaHHIO KaJbMOAYJHH-
3aBHCHMOrO COKpall[eHHS IJIaJKHX MBILIL COCYJAOB.

K BemwecrBaM, B TeyeHHe MHOTHX HECATHJETHH YyCNeIIHO NpH-
MEHSBIIHMCH B MeJHIHHe, OTHOCATCH cepdeunbie 2auko3udsl, H3
KOTOPHIX HaH6oJiee XOpOILO HM3BEeCTHH, yabauH, cTPOGaHTux H
Oueokcun. CepreyHble TIMKO3MAb M3 PACTEHHS HANEPCTAHKA H HX
CHHTETHYECKHE aHaJIOrH [0 HAaCTOsAllero BpeMeHH SBJSIOTCH, TNO-
3KaJyH, eTHHCTBEHHBIM CPEACTBOM TepallHH cepOeyrol HedocTarou-
HOCTU, TO3BOJIIIOIIMM YCHJIHBATh COKPATHTEJIbHYIO HAESITEJBbHOCTh
cepaua. Jlauune coemuHenus cneupudduyeckd HHrub6upyror Na, K-
AT®dasy nyrem B3aumozaeiicTBHA ¢ Na-CBA3HIBAIOIIMM Y4YacTKOM Ha
LHTONJIa3MaTHYeCKOi rnoBepxHocTH ¢epmeHTa. Kakum o6pasom
9TOT (epMeHT BauseT Ha CUJly CepAeuYHBIX cokpauleHuii? B mo-
cJenHHe roawl 6Jharonaps orkpHiTHIO cHcteMbl Na/Ca-o6MeHa yna-
JIOCh TpPOCJEOHTb CBA3b MeXAy cepaeyHhIMH riaukoduzamu H Ca2+,
BnokupoBanue Na, K-AT®dasp Bhi3niBaeT yBeJHYeHHe KOHUEHTpa-
unk Nat B MuonnasMme, B cBsi3n ¢ 3THM aktuBupyercsi Na/Ca-o6-
MeH yepes capKoJeMMy M yBeJqHuHBaeTcsi YypoBeHp Ca?+ okouio
COKpaTHTeNbHOro amnmapara. K coXkasleHHI10, AJIHTeJbHAas IJTHKO3H]-
Hasl TepanHs NPHBOAMT K MHTOKCHKauuu Bcero oprauusma. IlTosro-
My KpaHHe aKTyaJbHbIMH INPEICTaBJSIOTCS MOHCKH HOBBLIX CPEICTB,
ob6ecneyHBaOHX pocT KOKUueHTpaunn Ca?t B KapaHoMHOuHTe (Ha-
NpUMep, HETOKCHYECKHX KaJbLHEBHX HOHOQOPOB) HJH YyBeJUYEHHE
CPOACTBA  KaJbLUMHCBA3HBAWOIIMX  KJETOYHHIX CHCTEM K 3TOMY
KaTHOHY.

Ilpu mpyroii matosoruu cepiua — uwemuy muoxkapoa — tpeby-
eTcsl He MOBHILIATb, a MOHHXXATb BHYTPUKJETOYHHIH ypoBeHp Ca2t,
10 3a6o/ieBaHHE TPHBOAHT K CTPYKTYPHEIM H (YHKLKOHAJbHBIM
HapyLIeHHSIM KapAHOMHOLUHTOB. Ecjiu npomoJIXKHTeNBHOCTh HaHHO-
ro nepHojia HeBeJIHKa, TO NOBPEXAEHHs] B KJeTKax cepilua yAaercs
NpejloTBPaTUTh BOCCTAHOBJIEHHEM. HOpMaJIbHOrO KpOBOTOKa uYepes
opraH, HampHMep, ¢ NoMoulbl0 TpoMboauTHYecKoi TepanuH. Takoe
BO3jeilcTBHe (HMa3biBaeMoe penepgysueli) yMmeHblllaeT U pasamep
HEKPOTHYECKOH 30HH TKaHH.

OnHako B psfe cilydyaeB co3JaeTcs CHTyalHsl, KOrja NpH pe-
nepdy3uH cepiue nojsepraercs HaJibHeHlIEeMYy NOBpEXIEHHIO, CO-
NpOBOXKAAa€MOMY apHMTMHSIMH, YTO TNPHBOAHT K €ro OCTaHOBKeE
(cnydau BHe3anmHo#l cMepTH). MexaHu3Mbl, MNPHBOASIHE K 3THM
napanaokcaJbHBIM SBJEHHAM, 0 CHX MOp He BBIACHEHH. BJoOKaTOpH
KaJIbllHeBbIX KaHaJioB (HJH KaJblHeBhle aHTarOHHCTH) LIHPOKO
HCNOJIb3YIOT B KayecTBE TepaneBTHYECKHX CPEICTB NPH HLIEMHH H
peneppy3vH MHOKapia, Ha OCHOBAaHHH 3TOTO GHLIO MNpeNIOJOXKEHO,
YTO npuuuxol nospexcdenus ceplya npu uwemudeckold 6Goae3HU
AsaseTCA Kaavyuesas nepezpyska. B To e BpeMs NOCJENOBaTeNb-
Has nep¢ysusi H30JHPOBAaHHOro cepaua 6ecKalbllHEBHIM pacTBOPOM
H cpenoit, colepiKalleii HOpMaJbHyI0 KoHueHTpauuio Ca?t, takxke
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BHI3HIBAeT Cepbe3HHE MOBpeXJeHHss B KapAHOMHOUHTaxX. IDTOT
deHOMeH NOJIyYHJ Ha3BaHHe €Kaabyuesoeo napadokcas; OH o0O6yc-
JIOBJIEH TIOCTYIJIeHHEM 3HauHuTeJbHHX KosauuecTB Ca?t M3 MexKJe-
TOYHOTO NPOCTPAHCTBA B LHTOMJa3My uYepe3 MOTeHLHaJI3aBHCHMHIE
KaJbLueBble KaHagabl, nocpeactBoM Na/Ca-o6MeHa U yepe3 HOHHBIE
KaHaJibl, BO3HHKAIOIHe B caMOM JHIHAHOM 6HcJoe capKoJieMMaJb-
HoHl MeMOpaHmn. [Tocinennue Moryr o6pa3oBHIBATLCH B Pe3YJbTATE
NEepEeKHCHOrO OKHCJEHHs JIHMHAOB, NpPOTEKaloLlero naxe IpH Io-
HH2XKEeHHOM cojepxaHHH (A0 5% OT HOpMaJbHOro YpPOBHSI) KHCJIO-
poaa (D. S. Smith et al.,, 1980). B ycJoBusix BoccTaHOBJIEHHS
KPOBOTOKa, KOIjZa B TKaHH pe3KO TMNOBbIlIaeTCsi KOHLEHTPAalHs
KHCJIOpOJa, NPOLECCH TeHepalHH KHCJIODOJAHHIX paiHKalioB H Iie-
PEKHCHOIO OKHCJIEeHHSl CYIIECTBEHHO HHTeHCHHuupyloTca. Jas
npefOTBpallleHUsi NoBpeXxjamulero JMAeilCTBHA penep¢y3HH MOryT
ObITb HCIIOJIB30BaHH KaJblHeBble aHTAarOHHCTH, MNOBBILIEHHasi KOH-
LleHTPalLHusl HaTpHusl, HHTHOHTOPHl KaJbMOJAYJHHAa H aHTHOKCHAAHTHL

Mexanusm Hapywerus Qyrkyuu cepoya npu ezo nepezpyske
KaAbyueM, KaK CYHTAIOT, BKJKOYaeT HapylleHHe HOHHOH NpPOBOAH-
MOCTH capkKoJeMMbl, akTHBauHio Ca-3aBHCHMHX ¢dochoannas H
npotennas. CorsacHo onHOIl M3 runore3 obpasoBaHHe JH30pOPM
dochonununos, obnafaOmux AeTepreHTHHM JeHCTBHEeM, M YBEJH-
yeHHasi MPpOTeHHa3Hasi AaKTHBHOCTh B KJeTKax cepjua MOTyT BHI3-
BaTh COJMIOOM/IH3aUHIO H HHAKTHBALHIO He TOJbKO KaJbLHHTpaHC-
NOpTHPYIOIIUX GeJIKOB, CKOJIbKO OeJIKOB-peryJsiTopoB H B HX YHCJIe
¢ocponambana (A. E. Shamoo et al., 1985). B stom Mmoxer 3a-
KJI04aTbCsl NpPHYHHA HeoOpaTHMBIX (YHKLIHOHAJLHBIX MOBpeXje-
HHil cepaua yepe3 20—30 MuH rao6GanbHOi HIueMHH. Ilaxke nocJe
BOCCTaHOBJIEHHSI HOPMaJIbHOrO KPOBOCHaOXeHHSI TKaHH M YMeHb-
IIeHHs] KOHUEHTPALHH H aKTHBHOCTH MOBpEeXAAMOLIHX areHTOB TOY-
Hasi PEKOHCTPYKLHMS HCXOAHOH CJIOXKHOH CHCTEMBI pEeryJsiH{
TpaHcnopta Ca2t npexacrapisieTcss KpaifiHe MaJioBepOsiTHOH.

B nocinennue roap HakomjeHn yOeaHTeJbHble AaHHbE, CBHIe-
TeJbCTBYIOIIHE O Karouesol poau Ca?t g euneprornuueckoii 60-
Ae3Hu. IloBHILIEHHe apTepHaJbHOTO JaBJE€HHS CBA3aHO C Cyxe-
HHEM MeJIKHX COCYJZOB, YTO B CBOIO OYepedb BHI3HIBAeTCs yBeJiHye-
HHEM CHJIB COKpauUleHHsl KaXOoH IJajKOMBIILIEYHOH KJIETKH COCy-
na. Mexannam gnefictBusi Ca?t Ha creneHb HanpsiXKeHHs COCYZLOB
onocpenoBan Nat. (Idaxe He cBeaylOLeMy B MeIHIHHEe H3BECTHO,
YTO THNEPTOHHKAM PEKOMEHAYeTcsl OrpaHHYHBaTh norpebJieHHe Io-
BapeHHOH coJiM.) Tepanusg HaTpHAAHYpPETHYECKHMH IpenaparaMH
croco6CcTByeT TNOHHXKEHHIO apTepHaJbHOro JabjleHHsi. Bausinue
Nat na konuentpauuio Ca?t BHyTpHM I/1aIKOMBILIEYHOH KJETKH H,
cJleoBaTeJbHO, Ha aKTHBAIHI0 COKPAaTHTeJbHHX OeJIKOB peaJjH3y-
eTcsi Yepe3 H3MeHeHHe rpaineHTa Nat u cHctreMy Na/Ca-ob6MeHa
Ha nJa3MaTH4Yeckoit MeMOpaHe. Ilockoibky KoHueHTpauusi Nat B
niasme KpoBH (okoJsio 150 MMosb/J) nocrTosiHHa (Moajaep2KHBaeTcsl
CrneyHaNbHBIMH PEryJsiTOPHEIMH MeXaHH3MaMH), HaTpHeBHI rIpa-
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JHEeHT MoXXeT OHITb H3MEHEH NyTeM YBeJHYEHHS! HJIH YMEeHbLUeHHs
BHyTpHKJeToyHoro Na+t. Jlaxe HeGosbllioe yBeJHUYEHHE KOHIIEHT-
pauun Nat B yuronjasMe rJagKOMBILIeyHOH KJaeTKH c¢ 10 go
10,5 mMMmonb/n1  (mocturaercsi, Hanpumep, OjokupoBaHHeM Na, K-
AT®dasb cepieyHBIM TJIHKO3HAOM) MOXeT YBEJHUYHTb KOHLEHTpa-
1inio Ca?+ Ha IneciTKM HaHOMOJIb B JHTpPe H BH3BaTh 3aMeTHOe
yBeJIHYEHHEe TOHyCa cocyna.

- TakuM o6pa3oM, yTo6n TIOHH3UTh apTepHaJbHOe HAaBJIEHHE,
cleflyeT YMeHbIUHTb KOHUeHTpauuio Na+ BHYTpH IJaJKOMBHIIeYHOH
KJeTKH. Bo03MOXHO TakXe NPOaKTHBHPOBAaTh aJibTePHATHBHHIE
nyt ynaajgenus Ca?t u3 puronyiasmel. B 370l cBfiam cjepyer oOT-
METHTb, YTO H3BeCTHBIH JieKapCTBEHHHH Ipenapar — HUTpO2AU-
yepur, npumensieMbuit yxxe 6osnee 100 Jer aJis JledeHHs CTEHOKap-
JHH H BBISHIBAIOLIHii paccjablieHHe TIJaIKHX MBIUL COCYAOB, B
OYyeHb HH3KMX KoHUeHTpauuax (10-7 MoJsb/a) npHMepHO BABOe
yBesHuuBaeT akKTHBHOCTh Ca-AT®asw H3 mnya3MaTHueckoil MmeMO-
panbl cocynuctoil knetkn (L. M. Popescu et al., 1985).

Beuny rtoro, uro Ca2+ Hapsay ¢ ropMoHaMH H (GakTOpaMu po-
CTa Mrpaetr BaXHyI0 PpoOJib B peryJslHH npoJHpepalUHH KJETOK,
npearnoJiaraioT, YTO B ONyXOJIEBBHIX KJeTKax, T. €. KJeTKax, BHILIEe]-
LIHX H3-NIOA KOHTPOJIA, TaKasi peryJisiilHg OTCYyTCTByeT HJH Hapy-
meHa. JleficTBHTeNbHO, CYILECTBYIOT JaHHHle 006 H3MeHeHHSX B
YyBCTBHTEJNILHOCTH K BHekJieroyHoMy Ca?t B HeKOTOpHX HeoIuia-
cTHyeckux kJjetkax (A. L. Boynton et al., 1977). IlpeacraBnenus
o poan Ca2+ B perynsuuu ¢yHKUMI HOpMaJbHOH M NMaTOJOTHYECKOMH
KJIeTKH C KaXJhM rojoM yray6/sioTcs.



3akaroYyeHue

ITocnennne pocTHXKeHHsi GHOXMMHH, MOJIEKYJSPHOHl H KJETOY-
HOl OMOJIOrMH, SJEKTPO(H3HONOrHH, HCIONb30BaHHE COBpPEeMeHHBIX
¢H3HKO-XMMHYECKHX METONOB MO3BOJIHJIH IpeogosieTh (parmeHTap-
HOCTb B ONHCAHMH CTPYKTYPH H GYHKLUHH KJleToK. K Hacrosimemy
BpeMeHH KJeTKa IpEeACTaBJSETCA YyXe He CTaTHYeCKOH CTPYKTyp-
HOH eAMHMUeH, BK/IOYaoleil MHOrOYHC/IEHHbIE CTPOro creLHaJH3H-
poBaHHBIE OpraHesJibl, He «COCYJOM», B KOTOPOM NPOTEKalT He3a-
BHCHMEIE JpYr OT Apyra ¢epMeHTaTHBHble peaKLHH, HO OTHOCH-
TEJbHO aBTOHOMHHIM o00pa3oBaHHeM, OTAeJIeHHBIM OT BHellIHell
CpeaH nnasMaTHYecKodl MeMOpaHOH H cOCOGHKIM 3(h(PEKTHBHO KO-
OPAHHHPOBaTh CBOH (YHKUHH MNOCPeACTBOM HaGopa BTOPHYHBIX
MecceH[kepoB. BTopHuHBle MecceHLkKepH MOXHO pasjesNHTh Ha
ABe rpynne: o6pasywomuecs B xole (epMEHTAaTHBHBIX peaKuuit
(LHKJIHUECKHE HYKJEOTH[H, JHALHJIIHLEPHH, HHO3HTTpHChOChAT)
H NposiBJSIOLIHE CBOe JeHcTBHe Oaaronapsi CyllecTBOBaHHIO cO6CT-
BeHHOro TpaHcMeMOpaHHOro rpajiHeHTa (HOHHI KaJbL(Hsl)-

OcoGennocthio Ca?t kaK BTOPHYHOrO MecCeHIKepa SBJSAETCS
H TO, YTO ero MOOH/IH3alHsi MOXeT OCYILECTBJATLCA HEe TOJbKO
XHMHYECKHM nyTeM (HampuMep, nox AeficTBHEM HHO3HTTpHcdocda-
Ta), HO M B pesyJibTaTe 3JIEKTPHYECKHX NPOLECcCOB HA MeMOpaHax.
Ilocniennue xapakTepusyloTcsl UpesBLlU2HHO BHICOKOH CKOPOCTHIO;
He 5ICHO, KaKOH aJbTepHATHBHHII MEeXaHH3M, BMECTO 3JIeKTPHYecKo-
ro, Mor 6bl BBHIpaboTaTbcsl B XO4€ 3BOJIIOUHH JJsi oOecrmeyeHus
CTO/Ib GBICTPHIX NpPOLECCOB, KaK NpOBejeHHe HEPBHOrO MMIyJbCa M
COKpaTHTEJbHAs NEATEJbHOCTh INONEPEeYHO-NOJOCATHIX MHBILLIL

Muwensmn  gns Ca?+ B KJeTKe SIBJSIIOTCS KaK «pacTBOpH-
MHE», TaK M HHTerpajJbHHe MeMOpaHHble GenKH. BaauMopnelicTBhe
Ca?t ¢ nepsbIMH, KaK npaBuJo, o6eclieuuBaeT peryJsLHIio pas.iHy-
HbIX MeTaboJIMYECKHX MpoleccoB B KieTke. MeM6paHHHe KaJb-
LHACeNeKTHBHEE KaHaibl H Ca-Hacochl MpeJHasHayeHbl I pery-
JIIUHH BHYTPHKJIETOYHOH KOHLIEHTPALlHH 3TOr0 KaTHOHA.

HecMoTpst Ha pasnnuHble KOHeuHble 3((EKTH KaJbLHS B TKa-
HX H OpraHax, NpHHUMNHAJbHEE MeXaHH3MBbl nepenayn HHGpopMa-
unn nocpencrsom Ca?t cxoaHe AJA pasHHX KJeToK. Ha puc. 35
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npencTaBjieHb IPOLECCH, NMPOTEKAIOUHe B I'HNOTETHYECKOH KJIETKeE,
KOoTOpasi MoABepIKeHa peryasitopuoMy neiictBuio Ca?t, [Toctynsnenue
Ca?+ B KJIeTKy HM3BHEe peryJjHpyercsi BeJHYHHOH MNOTeHLHasa Ha
njasMaTHYeCKoH MeMOGpaHe M OCYLIEeCTBJISIeTCS Yepe3 CeJCKTHBHHIE
KaHale H 3a cyeT Na/Ca-o6Mmena. Kaxablii U3 npoleccoB nperep-
neBaeT  JOMNOJIHMTEJbHOE  PperyJsTopHoe  BO3zeiiCTBHe — yepes
nAM®-3aBucumMoe ¢pochopHIHPOBaHHE KaHaja M IPH B3aHMoAei-
cTBUH AT® ¢ KaTHOHOOOMEHHHKOM.

Hpyro#i ucrounek Ca?t-— BHyTpHKJeTOUHHE MeMOpaHHbLIe CH-
CcTeMH (KakK INpaBHJIO, C€Tb 3HIOIJIasMaTHYeCKOro peTHKyJyMa,
MHTOXOHZPHH, BaKyoJsu pacrteHHil, aapa). Buxon Ca?+ u3 perHky-
JIAPHEIX pe3epByapoB OCYLIECTBJAseTCS MOA HEHCTBHEM 3JIEKTpHue-
CKOro CHrHajla, nepepamlierocss ¢ njaasMajeMMbl (OHICTpHIe cKe-
JIeTHble MbIUIH), camoro Ca2?+, nocrynamouiHe H3BHe (cephue,
MeJJieHHble MBIINK), HHO3UTTpHChochaTta (KJIeTKH rJagKHx
MBILIL, TPOMOOLHKTE, GOJBLIIHHCTBO APYrHX KJeTok). bBrcrphift
Bu6poc Ca?t u3 BHyTpeHHero o6beMa peTHKyJyMa obecrneynBaercs
OTKpPbITHEM CeJIEKTHBHBIX KaHaJIOB.

YBeJiHUeHHe KOHLEHTpaLHH uonusuposannoro Ca?+ B kJseTKe
or 0,01—0,1 no 1—5 MKMOJB/J, T. €. 10 NOpora YyBCTBHTEJbHOCTH
pacTBOpHUMHEIX OesKOB (KaJbMOJAYJIHHa, JIeTKHX Lelled MHO3HWHA,
TpononuHa C), obecrmeynBaer peanH3auui0 crneuHPHUecKOH (YHK-
uuH kjetkH. OTBeT KJeTKH Ha CHTHaJ NposiBJsieTcss OO TeX IOp,
NOKa He CHH3HTCSl BHYTpHKJeTOuHasi KoHueHTpauusa Ca?+. Cyuecr-
BYIOT TPH yHHBepcaJbHBIX NyTH yAdhaeHHs Ca?+ H3 1HTONJa3MH
KJeTOK: TIOTJIOLEHHE CeThl0 3HIOIJIa3MaTHYeCKOro PeTHKYJyMa,
AT®-3aBHCHMBIEI H NOTEHLHAJ3aBHCHMHIH MNepeHOC yepe3 mJasMa-
THYECKylo MeMOpaHy. IlepBhie JBa Ipollecca OCYLIECTBJSIIOT KaJlb-
mmnepenocaume 6eakn (Ca-Hacochl), GaH3KHe 1o psAAy (yHKIHO-
HaJIbHEIX CBOHCTB, HO NPHHLUHIHAJABLHO OTJHYAIOLIHeCcs! CTPYKTYpHO.
Tperuit nmpouecc, obecnieunBaeMulii 3JekTporeHHbIM Na/Ca-nepe-
HOCUHKOM, B SIBHOM BHJe He 3aBHCHT OT HCTOYHHKAa 3SHeprHH
(AT®), onnako oH peasH3yercsl 3a CUeT 3HEPrHH, 3alaceHHOH B
HEepaBHOBECHOM paclipele/leHHH HOHOB 10 o6e CTOPOHH IJia3Ma-
JieMMH. B 3aBHCHMOCTH OT 3HaKa [OTE€HIHaJa H COOTHOLUIEHHS
- TpaHcMeMOpaHHHX rpaaueHToB Nat u Ca?t o6MeH 3THX HOHOB MO-
JKeT OCyIIeCTBJATLCA B 0OOHX HanpaBJIeHHSX.

HccnenoBatesn eme fajieKH OT BHISICHEHHS] HHTerpajbHOro Me-
XaHH3Ma KJEeTOYHOH peryJsiliiH, B KOTOPHH BOBJI€4EHH pas3HO-
oO6pa3HhHE€ arOHHCTHl H aHTArOHHCTH, KJETOYHHle pelLenTtoph, BTO-
pHUHHE MecceHAXephl, dochopHaHpyeMble GeskH-MHILIeHH. - CBoe-
06pa3HKIM BBHI30BOM 6HOXHMHKaM SIBJISIETCSl XHTPOCIJIETEHHE peaKIHii
¢ochoutiosauTuaHOro ob6meHa. T'HApoNH3 HHO3UTHHX (ochosiu-
NHJOB NPHBOAHT K 00pa30BaHHIO LUECTH pa3jHYHbIX HHO3HTHocha-
TOB: IHKJHYECKHX M HeLHKJHYecKHX (pocaTHBIX 3¢pHpOB, cOOTBET-
CTBYIOLIHX HHO3HTMOHO-, AH- H TpHpocdparam. NHo3ur-1,4,5-TpHC-
dochar nmnpespamaercs B HHO3HT-1,3,4,5-TeTpakucdocdar, oH, B
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CBOI0 ouYepeab, mnpeobpasyercs B HHO3MT-1,3,4,-¢pocdar K 1. A.
K 1987 r. nokasaHo, uto noj AeficTBHeM pa3JHYHBIX KHHa3, 3CTe-
pa3 H ¢ocharas oOpasyercsas 1o MeHblieii Mepe 14 nogo6HBEIX
npoayktoB. [Ipeacrour Gosbliasi pabora NO BHSACHEHHIO (GYHKLHH
Kaxjoro H3 ¢ochounosuTHA0B. He HCK/IIOYEHO, UTO HEKOTOpHE
H3 HHX, KaKk H HHO3HUTTpHchOcaT, HrpaloT pPoJib BTOPHUYHHIX MecC-
CeHIXKepoB.

B TO e BpeMs B KJeTKaX, BHIHMO, CyllecTBYIOT aJlbTepHaTHB-
HHlE MexXaHH3MBl (B JAOMOJHeHHE K HHO3HTTpHC(PocdaTHOMY), obe-
cneynBaole BriOpoc Ca?+ B uMromsaasMy. JlJs HKpPH MOPCKOro
exa, HalpHMep, xapakTtepHo cyuectBoBaHHe Tpex (!) Ca-MoGuiu-
3YIOLIHX areHToB: HHo3uTTpHCPochaTta u aHasnoroB aByx (HAI H
HAOH) nukorunaMuaanenunaunykiaeotunoB (D. L. Clapper et al.,,
1987). Amnasoru HAJI w HAIOH Bmu3uBaooT BH6poc Ca?+ mnpH
OoYeHb HH3KO# KoHueHTpauuH (HHxKe 0,] Mxmoan/n). CamMuM nopa-
3HTEJIbHBIM SIBJISIETCA TO, YTO KaXKA0€ H3 TpeX BeLeCTB HHAYLHpYeT
Bei6poc Ca?+ u3 He3aBHCHMBIX KaJblLHeBHX aerno. Ecau ato HabJio-
JeHHe OyleT NMOATBEp:KEeHO B OMBITaX Ha JAPYTHX KJeTKaxX, TO YHH-
BepcaJbHas CcXeMa KaJblHeBOHl peryJsuHH OyaeT HyXaaThbcs B
OCHOBaTeJbHOH peBH3HH. IIOSIBHTCS, B YaCTHOCTH, HeO6XOZHMOCTb
NMPHHHMaTh BO BHHMaHHe KOMNapTMeHTaJ/H3aLlHI0 KaJbLHeBhX
pesepByapoB H BO3MOXHOCTb He AHG(Y3HOHHBIX, HO BEKTOPHHIX
NOTOKOB  BHYTpHKJeToyHoro Ca2?t u u3bHpaTeJbHOH MOAYJSILHH
AKTHBHOCTH BIIOJIHE ONpeleNeHHhX GeJKOB-MHLIEHeH,

Tak uan uHaye, nepedpasHpys H3BeCTHOe H3peyeHHe, MOXKHO
yTBepKAaTh: ecJH Ob KOMIAapTMEHTAJIH3aLHsl KaJbLHEBHIX INYJIOB
He OHlJia NpPOAEeMOHCTpHpPOBaHa, ee (MJH KOMIIapTMEHTaJH3alHIO
APYTHX BTOPHYHBIX MECCeHIXKepoB H OeJIKOB-MHIUeHeil) HeoOXOmH-
MO Onlio Onl mocTyJHpoBaTh. IleHCTBHTeNBHO, AJIsi peryJisilHH Me-
Taboau4eckoii M (GYHKLUHOHAJbHOH AaKTHBHOCTH pa3HooOpasHhle
KJeTKH HCNOJB3YIOT OJHH H Te Xe NPHHUHNB. B To Xe BpeMs
NoKa3aHa YHHBepCaJbHOCTb OCHOBHHIX PEryJsiTOPHHX MNPHHLUIOB
AJIsT caMHX pa3JIHYHHX KJaeToK. Henb3sa, Hanpumep, HCKIIOYHTS,
yto (pochaTHAHUJHHOZHTHEIE MeTabOJH3M BaXeH AJS XH3Henres-
TEeJIbHOCTH BCeX OpraHH3MOB, BKJIOYasi pacTeHHs H NpocTeilline
3yKapHOTH.

Ecnu 0603HaYuTh «K/IOUEBHE CJIOBa», XapaKTepH3YKOIHe Heo6-
XOAHMHE KOMIIOHEHThl IIPOLECCOB BHYTPHKJETOYHOH peryJslHH,
TO B YHHBepcaJbHHH cnucok monanyt Ca?+, Ca-kaHanmn, G-6eskH,
uAM®-3aBucumas NpOTEeHHKHHa3a, npoTeHHKHHa3a C, Ca-ATda-
3B, 3HJOIJIa3MaTHYECKHH peTHKYJYM, HHO3HUTTpHcpochaT, pHaLHI-
IJMIepHH, KaJbMoayJuH. K3 sToro mnepeuHsi cjepyer, yTo Mexa-
HH3MBI, ofbecneyHdBalouye NposiBjieHHe MeTab0JHuYeCKON H (pyHKIH-
OHAJIbHOII aKTHBHOCTH JI060H KJeTKH, Kak OBl «NOACTPOeHH» INOJ
HOHH KaJbuHss. DBoJsee Toro, cosmaercss BneuatjieHHe, yto Ca?+
KaK YyHHBEpCcaJbHBIHI BTOPHYHEIH MeCCEHAXep JAelcTByeT NpPaKTH-
YeCKH Ha Bce KJIIoYeBble NPOLLeCCH KJEeTKH.
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Bosnukaer Bomnpoc, noueMy metaloJIH3M KJETKH IIpH yBeJHye-
HHH YPOBHSI CBOOOAHOro KaJjbliHs He BBepraetrcsi B xaoc? OueBHA-
HO, YTO JAJISl COrJIaCOBAaHHOH PpEryJsiUHH KJETOYHOH aKTHBHOCTH,
AJs peaJiM3sallHH crneuH(pHYEeCKHMX CHrHAJOB H3BHe HE0OXOLHMO,
yTo6bl BO BpEeMEHH H NPOCTPAHCTBEe TNOTOKH MeTaboJHTOB ORLIH
pasfesieHH. DT0 MoxeT OLITh, B YaCTHOCTH, obecleyeHo CyLIeCTBO-
BaHHEM MHOXecCTBeHHHX nyTtefi nocrymsenus Ca2?+ B kJerky (ue-
pe3 ceJleKTHBHBle KaHaJibl, OOMeHHHKH), HCNOJb30BaHHEM pa3H000-
pasHHX NMPOCTPaHCTBEHHO pasfieJleHHHX KaJbllHeBhIX Aeno 3HIO-
NJ1a3MaTHYecKOro peTHKyJyMa (B HEKOTOPHIX KJIETKaX) H MHTOXOH-
JpHii M, HaKOHel], HaJIHYHeM HEeCKOJIbKHX BTOPHYHHIX MeCCEHIXKe-
POB, BHINOJHAIOIHX (YHKUHIO HHHLMaTOpoB BHIOpoca Ca?+ u3 ero
BHYTPHKJIETOYHHX pe3epByapoB. CTo/b cJOXKHasi CHCTeMa KaJlblHe-
BOH peryasiuMd oGecneyHBaercsl KJeTOUYHHIMH MeMOpaHaMH, CIO-
COOHBIMH TOJJepPKHBaTh 4Ype3BhHIYalHO BHICOKHe rpaaHeHTnH Ca?+
H ONHOBpEMeHHO NPOBOJHTH H MOAYJHpPOBaThb clieLH(pHUYeCKHe IO-
CTynamluiHe H3BHe CHIHAJIHL.
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cteM MeMGpaH H MeTORHYECKHX NMOAXOAAX K aHanusy pacnpenesedus Ca2+ B klerkax.
Ocofoe BHHMaHHE Y[eNeHO ONMHCaHHIO CTPYKTYpPW H CBOHCTB KaAbLHA3IABHCHMBIX

AT®as.
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HsnarensctBo «Briciuas mkosaa» ¢ 1986 r. sunyckaer
cepHI0 yye6GHHIX mocobuit «bnoxumus MeMOpaH» noxn pe-
aakuuen npod. A. A. BoannpeBa. M3nano 11ecTb KHHT:

A. A. Boaduipes. Benenue B 6HoOXHMHIO MeM6paH (1986)

STo mepBoe B OTEYECTBEHHOH JiMTEpaType CHCTEMAaTH-
3HPOBaHHOE H3J0XXeHHe TpobiaeM OHoMeMOPaHOJIOTHH,
BKJIIOYaKlllee OCHOBHHE CBEIEHHs O CTPOeHHH OHOMeM-
OpaH XXHBOTHHIX, PACTHTEJIbHBIX H OaKTepHaJbHHIX KJe-
TOK, (P yHKUHOHHPOBAHHH MeMOPaHHHX (QepMEHTOB H CIO-
cob6ax ux peryasiuuu. Oco6oe BHUMaHHe yleJleHO aHaaH3y
NPHHUMIIOB KOHTPOJIS AKTHBHOCTH MEMOpaHHHIX OJIHMIO-
MepHHX 6enKoB, obecrneynBaeMoro co CTOPOHH HX JIHOHA-
HOTO OKPY3KEeHHS.

P. H. I're606. dupouutos u sk3onuro3 (1987)

KHura nocpsillieHa H3J10¥EHHIO COBPEMEHHLIX NPEACTAB-
JIeHHH 0 MOJIEKYJISIpHBIX MEXaHH3MaXx SHAOLHTO3a (3aXBa-
Ta MaKpPOMOJIEKYJl H YacCTHL BHYTDb KJETOK) H 3K30LHTO-
3a (BHIOpOCa BeLIECTB H3 KJIETOK); OMHCAHbl MeXaHH3MH
CONpSI2KEHHUs1 BO36YKACHHSA H CEKPEeLHH, CAHNaHUA H CAHS-
HHsi MeMO6paH, PeUHKIH3aUHH MeM6paH H HX KOMIIOHEHTOB
H T. 1. B moco6uun yuTeHH nociaefHue AOCTHKEHHA GHOJO-
THH B MEAHLHHH.

A. M. Beaoyc, E. A. I'opouenxko, JI. . Po3anos.
3aMopaxuBanne ¥ Kpuonporekuus (1987)

B noco6uu H3J10XeHB OCHOBHHE MOHSATHS H COBPEMEHHHE
JlaHHHE 0 BJAHAHHK NOHHXKeHHHX (ro 0°C) u Huskux (mo
196°C) teMnepatyp Ha MeMOpaHHble CTPYKTYPHl pa3JiHy-
HOro ypoBHs OpraHusauus. OnucaHn (akToOpH, BJHSIO-
LIHe HAa CTPYKTYPHO-QYHKUHOHAJNBHYIO LIEJIOCTHOCTD MEM-
6paH, MeXxaHH3MH TepMaJjbHoro uoka. Iloapo6Ho pac-
CMOTPeHH crnoco6b H TeXHHYECKHe CPeACTBa 3aMOpaXKH-
BAHHS M KPHONPOTEKLUHH MeMGPaHHLIX CTPYKTyp, HX OTO-
rpeBa mnocse 3aMopaKuBaHusi. I[IpuBeneHH METOIHKH 3a-
MOpaKHBAHHA — OTOTPEBA  PA3JHYHEIX  MeMOpPaHHBIX
CTPYKTYD, BKJIOYasi Cy6KJeTOuHHle OpPraHe/UIll H KJIeTKH
B CBfI3H C HX KOHCepBauueH H AJNUTEJbHEIM XpaHEHHEM.



A. f. Kyasv6epe. Peuentopbl KJIeTOYHHX
MeM6paH (1987)

B kuure Bnepfible B OTEYECTBEHHOH JIHTEpaType CHCTEMa-
THYECKH H3JI0XKeHbl COBPeMEHHble CBeJeHHs O CTPOEHHH,
6nocuHTE3e H QyHKLIHAX PELENTOPOB KJIETOK 3YyKapHOT, HX
3HayeHHe /it GHOJIOTHH KJIETKH H MHOTOKJIETOYHHIX opra-
Hu3MoB. PaccMoTpeHbl o6Lipe TNpPHHUMIL OpPraHHW3aLHH
pelenTopoB, CTPOEHHEe HX AKTHBHLHIX LEHTPOB, CTPYKTYp-
Hble OCHOBH 3¢ ¢dekTopHHXx GyHKuui. [IpuBeneHH NaHHbIE
O MOJIEKYJIIDHOI T€HeTHKE PELeNnTOPOB H PeryJsiiuy npo-
1eccoB HX GHOCHHTe3a H KaTaboamnidma. OcselieHbl HOBLlE
HampaBlieHHsi B H3YYEHHH POJIH PEUENTOpPOB B NMOAAEpHKa-
HHH NOCTOSIHCTBA BHYTPEHHeH CpeAH KJETKH, HX yYacTHH
B peryasiuuu U O6uocHHTe3e 6eska.

3. II. Komeruanu, M. I'. Bexya. KvHeTnka MeMGpaHHBIX
TpaHcnopTHhX ¢pepmeHntoB (1988)

B KHure H3JI0KEHO COBpPEMEHHOE ° COCTOSiHHE GHOXHMHUH
MeMOpaH. B Heii B 060011 eHHOM BHJE OCBelllaeTCs TEOPHS
CTAIlHOHAPHONH KHHETHKH CJIOXHHX (PEepPMeHTHHX CHCTeM
H MeToA aHaju3a (GOpMH KPHBHX, BKJIOYas CTATHCTHYe-
CKYI0 06pabOTKy SKCepHMeHTaJbHHX AAHHLIX. Bosabuoe
BHHMaHHe YJICJIeHO OCOOEHHOCTAM KHHETHKH AaKTHBHOIO
TPaHCNopTa, ONpelesieHHI0 MHHHMAJIbHHX MoAesel H pe-
TyJATOPHEIX MEXaHH3MOB TPaHCINOPTHHIX GEepMeHTOB.

B. 1. Cxyaraues. Buosnepretnka. MemGpaHHue
npeo6pasoBatenu 3Hepiuu (1989)

B KHuHre paccMOTpeHO COOTHOLUEHHE NPOTOHHOTO NOTEH-
unana u ATP. [lanu npeacrabieHust o 6ejIKax-reHepaTo-
pax NPOTOHHOIO NOTEHLHaNa: ALXaTelbHHX (epMeHTaX,
GaktepuopononcuHe H ¢epMeHTax (OTOCHHTETHYECKHX
penokc-ueneii. Onucanu npo6ieMhl MexXaHH3Ma aeficTBHSA
H+-AT®-cuHTasn M nNpocTPaHCTBEHHOH OpraHH3alHH
MeMOpaHHON 3HepreTuku kiaetrku. IIpuBeneHn HoBefiune
JlaHHHIE N0 «HaTpPHEeBOH 3HepreTHke» O6akrepHit. PaccMor-
PeHBl 3BOJIIOLHOHHHKI H PEryJIAITOPHHI acnekTH MeMOpaH-
HOH 5HEPreTHKH.
Ilpennaraemas kuura 1. O. JleBuukoro — ceapmas.

B 6nuxaiiillee BpeMs rOTOBATCA K H3NaHHIO:

b. A. Tawmyxamedos, I1. B. ¥Ycmanos. HelipoTOKCHHE
B HCClleoBaHHH Guosiorndeckux Mem6pan (1991).

P. B. Ilerpos, P. H. Ataysraxaros. Kneroulne MeM-
Gpanu 1 uMMyHuter (1991).



KHura nponosxkaert

cEpUI0 yueOHBIX nmocobuu

110 COBPEMEHHBIM MpobJIeMam
OMOXUMHUHU MeMOpaH

U [aeT OCHOBHbIE /
rpeACTaBieHUs 0 KajbLUHEBO

peryasumuy KJIA€TOYHBIX INMr»OQUCCCOB.
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