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IIpencraBieHo uccienoBaHue BJIMSHUS KOJWYECTBA IMTO30JbHBIX KaJbLHH-CBA3BIBAIO-
mwuXx OEJKOB M NOTOKOB MOHOB KaJbLMSl 4Yepe3 IJ1a3MaTUYECKYI0 MeMOpaHy KJETKH Ha
OycdepHbie CBOMCTBA MUTOXOHAPUI MPU BHYTPUKJIETOYHOW KaJbLMEBON CHIHAJIU3ALUH.

Beenenune

B pesysbrare HemaBHUX HCCJ/E€0BAHUH CJIOXKHOH
BHYTpeHHel opraHusauuu kjaeTku [1] Oblio nokasaHo,
4TO MHTOXOHIPHHM MOTYT MIrpaTh OIHY M3 KJIOUYEBbIX
posieil B HeJMHEHHOM npouecce Kasbluesoil (Ca’*)
curnanusaund. Hapsny ¢ uurosonbHeivu Ca’* -cBasbl-
BAIOLMMH OeJIKAMH MHTOXOHJPHH SIBJSIOTCS MOLLHeH-
mumu 6ydepamu Ca®t, Tak Kak npy MOBBILIEHUH LUTO-
30/1bHOH KoHUeHTpauun Ca’ oHu akTHBHO mor/IOWAIOT
ero yepes YHUNOPTHI [2, 3].

B 3aBHCHUMOCTH OT THNA KJIETOK HAOJIONAIOTCS pas-
JMuHbBle cKopocTH morsiomenusi Ca%t MuTOXOHApHAMHU
U BbICBOOOXKEHHUs] ero oOpaTHO B LMTO30sb. Hampu-
Mep, 1Jis FOHaJO0TPONOLMTOB B padore [2] nokasaHo,
yto Ca®* oueHb GBICTPO MOIJIOWIACTCS MHTOXOHADPH-
SIMM, [10CJI€ 4ero KpakiHe MeJJIeHHO BbICBOOOXKIaeTcs
06paTHO, ero CouepXaHWe 0CTAeTCs MOBbILIEHHbIM CITy-
CTsl JJIMTEJIbHOE BpeMs M0CJje OKOHYAHHsI CTUMYJISILHU
KJeTKH. B npyrom skcnepumente [3] mjs kaerok Hela
oGHapy»eHo, uto Ca®" norsomaercs MUTOXOHAPHAMH
Takxe OBbICTPO, OJHAKO YPOBEHb MHTOXOH[PHAJbHOIO
Ca?* BosBpaiiaeTcs K HOPMaJbHOMY CyIIeCTBEHHO
OblcTpee 10 CPABHEHHIO C MPEAbIAYILIHM CJIydaeM.

B paGore [4] mnokaszaHO, 4YTO MPH LHUTO30JbHBIX
ocuuansiuuax Ca?t B kietke yposenn Ca?t B mu-
TOXOHJPHUSIX TaKXKe OCLHUJJIMPYyeT. DTO O3HAUaeT, 4To
MHTOXOH/PHH BBINOJHSIOT PYHKIHIO KPATKOBPEMEHHBIX
6ydepos Ca®*, nockoabky yposenb Ca®t B MUTOXOH-
ApHsiX ObICTPO BO3BpALLAETCs K HOPMaJjbHOMY 3Haue-
HMIO nocsie Kaxaoi ocuuisiuuu Ca’t B wuTo30.1€.

B pa6ore [5] mokasaHo, uTO MJIsi FOHAAOTPONOLH-
TOB CYLIECTBEHHYIO POJib B KJETOYHOH CHIHA/H3aLUU
Ca®* wurpator nmoroku Ca®* uepes miasmarHuecKyio
MeMOpaHy, XOTsl OCHOBHBIM MeXaHM3MOM BO3HHKHO-
Benus ocuuansuuii Ca’t B KjeTke SIBISETCS ero
BbICBOOOXK/I€HHE M3 HJOMJIA3MATHUECKOTO PeTHKYJIyMa
(9P) uepes kaHaJibl peLENTOPOB, yrpaBJsieMble HHO3H-
toJi-1,4,5-tpucpocarom (IP3).

*) University of Illinois at Urbana-Champaign, IL 61801, USA.
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MOXHO MPeanoN0XKHTh, UTO HaJHuKe noTokos Ca’*
uepe3 MasMaTUyecKylo MeMOpaHy KJEeTKH OKaxKeT Cy-
LLECTBEHHOE BJIMSIHME HA IMHAMUKY MUTOXOHIPHAJIbHO-
ro Ca?* Gnaronapsi M3MeHeHHIO Ga/laHCa NOTOKOB.

Jpyroii BakHefimeil GydepHoit cucremoit Ca®*
B KJeTKe fiBAs0TCS 1UT030/bHBIe Ca’* -cBsisbiBalOLIHe
Oesiky. BsaumonericTBue Mexay OydepHbIMU cUCTeMa-
MH TaKXKe MOXKET OKas3aTb ONpeje/leHHOE BJHSHHE Ha
JHHAMHKY KaxXJI0H U3 CHCTEM.

B HacTosiwielt paboTe Hcc/leqyeTCsl BAHSIHHE [IOTOKOB
Ca?" uepes mnuasmatuuecKylo MeMOpaHy KJETKH Ha
JMHAMUKY MUTOXOHApHanbHoro Ca’t, a Takxke Biu-
SIHMe KOJM4YecTBa LMTO30/bHBIX Ca’T -cBA3bIBAIOIMX
0eJIKOB.

Onucanue moneau

B Hacrosiedl paboTe HCIHOJb30Bajacb MOAEJb
CJIOXHBIX BHYTPHUKJ/IETOUHBIX OCUMJJISILHE Kajblusi [4]
KaK OCHOBa JJisl OMUcaHusi 6a30BbIX MPOLECCOB B3au-
MozeHcTBUs LuTo30bH0oro Ca?t ¢ 9P, MUTOXOHApUSI-
MH M LHTO30/bHBIME CaZt -CBSI3bIBAIOLIMMH OEJIKAMH.
B paGore [4] kseTka paccmarpuBaercsi KaK 3aKpbiTast
cUCTeMa, He B3aWMOJEHCTBYIOIAs ¢ APYTHMH KJeTKa-
MU H MeXKJEeTOUHbIM MPOCTPaHCTBOM. BBuAy 3TOro
nuHamuka CaZt omucbiBaercs TpeMsi OObIKHOBEHHbI-
MU TU(QepeHLHaibHbIMH YpaBHEHUsIMU (LIHTO30J/1bHbIH
Ca®*, muroxonnpuanshbiii Ca®* u Ca’t B OP) u aBy-
Msi 32aKOHAMH COXPAHEHHs MOJHOTO KOJMYECTBA HOHOB
KaJbLKsi B KJETKe W MoJHOro KoiuuectBa Ca’t-casi-
3bIBalOIIMX OesKOB B 1MTO30s€. [IoCKOMbKY mpH BKJIIO-
yeHHH B Momesb notokoB CaZt yepes MJjaszmMaTuye-
CKyI0 MeMOpaHy KJEeTKH caMma KJeTKa repecraer ObiTh
3aKpPBITOM CHUCTEMOH, TO 3aKOH COXPaHEHMS [OJIHOTO
KOJIMYECTBA MOHOB KaJIbLHS B KJETKE He BBIITOJHSETCS,
MO3TOMY CHCTEMY ypaBHEHHH He0OXONUMO JOMOJHHTh
elle ONHHMM ypaBHeHHeM. B pgaHHOM ciyuae Haunbosiee
pasyMHbIM $IBJISIETCSI JOTIOJIHEHUE CHCTEMbl ypaBHEHU-
€M, OIHChIBAIOLIMM AUHAMHUKY CBSI3bIBaHHSI CaZt ¢ By-
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Tabauwmwa 1

IMoroku B momenn (cm. [4] kpowme Jiy, Jout)

O6o3nauenue | 3aBUCHMOCTD Onucanue
Jin Rin + Rinip, [P3 notok Ca’* uepes mnasmaTHuecKkyio MeMOpaHy B LHUTO30Jb
(xaHasibi)
Jout Rout Cagyt yTeuKa Ca%* us uuroszois yepes njaasMaTHdecKylo Mmemopa-
Hy (Ca’*-ATdaza)
Ca’
cyt
Jeel Bleak +kchll)327y2 (Cagr — Cacyi) | BbicBoGOKaeHne Ca®™ nz DP (kaHanbl M naccBHas yTeu-
Kl + Cacyt Ka)
Jserca Rserca Cagyt notok Ca®* B AP ¢ noMOLIbI0 CAPKO/IH/I0MIa3MATHUECKOTO
petuxynyma Ca’t-ATdasbl
Ca? o
Jo (k,m,Ker—Cy;2 + k) Cay BEIcBOOOXK ieHHe Ca’t W3 MHUTOXOHpPHIA
4 oyt
Ca®
Jmi R e nornouesne Ca’* MUTOXOHAPUAMH
> +Cacy

(bepHbIMU OesNKaMH B LHTO30Jie, KOTOPOE IO3BOJSET
BoJiee MOJNHO ONUCATh (PU3UYECKYIO JUHAMUKY KJETKHU.

Kpome Toro, B gaHHyI0 MOAe/b BKJIOUEHO B $B-
HOM Buje BausiHde [P3 Ha BbiICBOOOXKAeHHE Ca?*t wus
uucrepH DP myreMm 3aMeHbl MakCHMAaJibHOH MPOHHUIA-
eMOCTH K., KaJbliMeBbIX KaHajoB DP B mopmenau [4]
Ha yOeJbHbIH MO OTHOUIEHWI0O K KoHUeHTpauuu [Pg
Ko3(ppuumeHt k., -IP3. Bausinue [P35 na cucremy onu-
CbIBaeTCS TparnenueBUAHBIMU UMIMYJAbCAMH Pa3JUUHBIX
aAMIJIUTY[, UTO COOTBETCTBYET BHEIIHEMY BO3JEHCTBHIO
Ha KJIETKY aroHWCTOB PasJnuHbIX KoHUeHTpauui. [lo-
MuMo storo, ot IP3 rtakxe 3aBucut M norok Ca’t
B KJETKY 4epe3 MjasmMaThyeckyio membpany. M3secTHo,
uto 1moTok Ca’* BHYTPb KJETKH M3 MeXKKJIETOUHOrO
MPOCTPAHCTBA AOJKEH SIBAATHCS Bo3pacTaiouleld QpyHK-
uueit [P 3, MoCKoJIbKY B IPOTHBHOM CJydae CTallloHap-
Hoe 3HaueHMe HMTO30ibHOrO Ca’t He MeHsIOCh Obl
NPy M3MEHEHWH KOHUEHTpauuu aroHucra. Ilockosbky
TOYHBblE MEXaHH3MBbI, JeXallde B OCHOBe 3TOH 3aBH-
CUMOCTH, A0 CHX Top 00CYyX[aloTCs, B HaCTOsILEeH
paboTe UCMOJb3yeTCsl MPOCTast JUHelHas 3aBHUCHMOCTb
(raba. 1).

CxeMa MOTOKOB, BKJIIOUEHHBIX B MOJeJb, N0Ka3aHa
Ha puc. 1. [IlnHaMuKa CUCTEMBI OMUCHIBAETCS CJEAYIO-
IWUMH IH(pDepeHIHaIbHBIMU YPABHEHHUIMU:

dCa

TC)’t = Jin — Jout +Jrel - Jserca +Jmo - Jmi +
+k_CaPr—Fky Cay Pr,

dCa
TER = BLE(Jserca - Jrel),

dCa

7’” = f_::(t]mi - mo),
dCaP
ek, Cay Pr—k_CaPr

dt
)4 3aKOHOM COXpaHeHI/IH HOJIHOﬁ KOHHeHTpaHI/II/I

Ca?t -CBA3bIBAIOIIMX OEJKOB B LIUTO30JIe
Pftot =Pr+Ca Pl‘,

rae Cacyt — KOHLEHTpaLus Ca?t B uurosone, Cagg —

Puc. 1. CxemaTrndyeckoe npeacTaB/jieHue MOAEH

xonuentpauusi Ca’* B 3P, Ca, — KOHUEHTpauHs
Ca’t B MHUTOXOHAPHAX, [P35 — KOHUEHTpauus MHO3H-
toJ1-1,4,5-tpudocdara B unroszose, CaPr — KoHLeH-
tpauus Ca’*, CBA3aHHOTO C LMTO30/bHBIMH GeJKaMH,
Pr — kouuentpauus Ca’*-cBsasbiBaiouinx GeJKoB, He
csizannbix ¢ Ca”*t. [TapameTpsl npuBeneHsl B Tada. 2,
3HaueHHe Priy — B MOAMHUCAX K PUCYHKAaM.

Pe3ynbraThl

MopennpoBaHue OTKJHKAa KJETKH HA BHEIIHIOW
CTUMYJISIIMI0 HAUWHAETCS C 3a[aHUs TparnelrneBUAHOr0
3aKOHa IMOBbILLIEHHOH KoHUeHTpauuu IP3 B nurTo3ose
or Bpemend (puc. 2, rpapuxk mas [P3). B pabore
paccMaTpUBaeTCsi MPOAOJ/IKHUTENbHOE JeHCTBHE MOBbI-
lIeHHOH koHueHTpauuu IPj3, npu kortopom B KJjeTke
BO3HMKAWT ocuusiuun Ca’t.

B pa6ore [4] misi KJeTKH Kak 3aKpbITOH CHCTEMbI
HabJl0a10TCs NeprofnyecKue ocuusauu Ca’t ¢ no-
CTOSIHHOH aMIJIMTYyA0H B LMTO30sie, DP W MUTOXOH-
JpHsiX, YTO He COOTBETCTBYeT 3KCrepumeHTam [2, 3],
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Tabauua 2

ITapamerps! mogeau (cm. [4], kpome R, ko, Rinip,)

O6o3HaueHue 3HaueHue O6o3HaueHue 3HaueHue O6o3HaueHue 3HaueHue
kin 0.025 mkM-c~! Rout 0.5 c! Rinip, 0.0044 ¢!
PER 0.01 /BER 0.0025 kch 200 MmgkM~!.c!
Rserea 20 ¢! Rieak 0.05 ¢! K 5 MkM
Pm 0.01 Bom 0.0025 R 300 MxM-c~!
Rmo 125 ¢! km 0.00625 ¢! K, 5 MkM
Ko 0.8 MkM ky 0.1 mkM~1.c! k_ 0.01 ¢!

Cacyt B LUHTO30Jlb U MHUTOXOHJPUMU B TIPOLECCE CTUMYJSILHH
! ' ' ¥ BO3Bpallaercs o6paTHo B JP nocse ee oKOHUAHHS.
051 ’ ] J J J l J l l ] Bpemsi Bosspata yposHs Ca?t B MuTOXOHApHAX
0 J IJJJ nocjie OKOHYAHHUSI CTUMYJSILHK KJEeTKH K HOpMaJib-

0 50 100 150 # | HOMYy 3HAYeHHIO COCTaBJSIET B MOJEJIHM OKOJO 4 MHH
Cagr (4-20 muH B skcriepumMeHTe [2]) npu 3HAUEHHH MOJHOH
5 ' ' KOHLEHTPALKK LHT030/bHbIX Ca’t -cBsi3bIBaIOLINX Gell-
W KOB Priot = 120 MkM (puc. 2; 3, a). YMeHblIeHHe 3TOH
0 KOHLEeHTpauuu 10 Pri =65 MkM (puc. 3,6) npuBo-
0 50 100 150 ¢ | AMT K CYLIECTBEHHOMY TMOBBILIEHUIO CKOPOCTH BO3Bpa-
Cap, LIEHUs YPOBHS MHUTOXOHApHasbHoro Ca’* K HopmaJib-
2 : : HOMY 3HAuYeHHIO B COTJIACHH C 3KCrepuMeHTOM [3] mJsi
!__r_,¢_-' kJjgeTok Hela.
0 1 1 Ca
0 50 100 150 ¢ 2m
lP3 T T
50 . . 1.5¢
| 1t
0 1 1 O 5 |
0 50 100 150 ¢ : a
0 L L
Puc. 2. IP3-3aBUCHMOe MOHHMXKEHHE KOHLEHTpALMUU 0 50 100 150 ¢
Ca®" B AP (Cagr), NoBbillIeHHe MUTOXOHAPHAJNLHOM Cap,
(Cap) xoHueHtpaumu Ca’* W OCUMJIJALMM LHTO- 3 . .
sosbHoit (Cacyi) KoHuentpaunu Ca’t ¢ yGbiBatoleii
amnautynoit. Priy = 120 MxkM. 3HaueHusi KOHLEH- 21
tpauuit Cacyt, Cagr, Can u IP3 npusenens B MHK-
pOMOJISIX 1l
. 94 0 L 1 1 ’ y
riae amnautyna ocuuaasiui Ca B 1IMTO30Jie yObIBa- 0 10 20 30 40 50 60 ¢

er, a yposenb Ca?t B MMTOXOHAPHMAX PE3KO MOBHIIIA-
€TCd C HaydaJjJoM CTHUMYJAUWKU U NOCTATOYHO MEOJIEHHO
yObIBaeT MOC/e ee OKOHYAHHS.

B macrosimefi pa6ore mpu Hanumuuu notokos Ca’*
yepe3 Mmjaa3MaTHueckyl MemOpaHy KJeTKH HabJiona-
jorcs ocuussinuk Ca?t B uurosose ¢ yGbiBaiouled
aMHJH/ITyH,Oﬁ, da TaK>Xe pe3Koe I[IOBbIIIEHHEe YPOBHS
Ca’* B MHUTOXOHJAPHUAX C NOCJACAYIOLHUM MELJEHHBIM
BO3BpallleHHeM K HOpMaJjibHOMY 3HauyeHH0 (puc. 2)
B COIVIACHU C IKCIEPUMEHTOM [2] /Jisi rOHaLO0TPONOLH-
toB. [Ipn sTom B DP Habsionaercsi peskoe NMOHUKeHHe
ypoBHs Ca?™, KoTOpBIil ObICTPO BOCCTAHABJIMBAETCS
nocjie OKOHYaHHWA CTHUMYJIAUUKW KJAETKH. 9TO JIETKO
00bSICHUMO, MOCKOJIbKY Ca?t BbicBoGoXpaercss U3 P
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Puc. 3. KouueHTpauus MHTOXOHApHanbHoro Ca’*

npu Priy = 120 mxM, [P3 = 45 wmxM (a)

u Priy =65 mxkM, IP3 =35 MM (6). 3HaueHus

KoHueHTpauui Ca, NpHUBEIEHbl B MHKPOMOJSX, [ —
BpeMsi B CEeKyHIax

JlnUTeNbHOCTb CTUMYJSILMK KJETKH [ = 37 ¢ npu
Prist = 65 MKM (puc. 3,06) ymeHblieHa B 1Ba pas3a Mo
CPaBHEHHIO C JJIMTEJbHOCTBIO CTUMYJSILHK ¢ =75 ¢
npu Prit = 120 mxM (puc. 3,a), MocKoJibKy B 3KC-
nepumeHTax [2, 3] npencrasJeHbl pe3ysbTaThl HMEHHO
IJisi 3THX BpeMeH. V3MeHeHUe AJNHTENBHOCTH CTHMY-
JSIUMK KJETKW B 000MX CAydasx He MPUBOAUT K Kaue-

CTBEHHOMY HM3MEHEHHUIO NIMHAMHWKH CHUCTEMDbI.
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Kpome Toro, pesysnbraThl MOIEJUPOBAHHS MPH
Priot = 65 MKM mnoayuens pas ammiautyabl [Pg =
=35 MM, rtorna kak npu Prit = 120 MkM ypoBeHb
crumyasuuu IP3 = 45 MxM, MOCKoJbKY B 3KCre-
puMeHTax [2, 3] TUNbBl M KOHLEHTPALHH ArOHHUCTOB
TaK>Ke PasjiuHbl. DTO JIerKO O0OBSICHHUMO, MOCKOJbKY
M3BECTHO, YTO KJETKM pa3JH4HbIX THMOB 00/1aJa0T
pa3/MYHON UyBCTBUTEJBHOCTbIO K aroHuctam U [Pj.

Bbisoabl

B pabore cpeacTBaMH MaTeMaTUYECKOIO MOJEJIMPO-
BaHMS M0Ka3aHO, YTO (PYHKUHS MHUTOXOHIAPHUH Kak ax-
THBHOTO Gydepa LuTo30/bHOrO Ca?t cylnecTBeHHbIM
o6pasom onpenesnsiercss notokamu Ca?t uepes nias-
MaTHUeCKYl0 MeMOpaHy KJeTKH. TakxKe MOKas3aHo, uTo
B JUHAMMUKE MUTOXOHIPHAJIBHOIO Ca’t CYLIECTBEHHYIO
poOJib UI'pa€T B3aUMOAEHCTBUE CUCTEMbI C LHIUTO30JIbHbI-
MU C82+-CBH3bIBaIO]_U,I/IMI/I OeJKaMH1, KOJHYECTBO KOTO-

pbIX MO2XKET MEHATbCS OT OAHOI'0 THUIlA KJIETKH K IpPY-
romMy. HOSTOMy B pPa3HbIX KJI€eTKaxX IMPpH OAWHAKOBOM
Me€XaHHu3Me CHUTHaJJu3aluu C82+ B 3aBUCHMOCTH OT
koHuenTpauuu Ca’*-cBAsbIBaOIMX GeKOB Hab/110aa-
€TCA pa3jnyHas IMHaMKHKa MUTOXOHAPHUAJbHOIO C82+.
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