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VOHHBIM, DJIEKTPUYECKUN U BOJHBIN BAJIAHC B XXUBOTHO
KJIETKE. CHCTEMA C AKTUBHBIM TPAHCIIOPTOM KATHOHOB,
FOJIBAMAHOBCKHUMH KAHAJIAMH M CUMIIOPTOM THIIA Na +K +2ClI

A A Bepenunoe, cm., A A Bepenunoe, mur

Huemumym yumonoeuu AH CCCP u ®usuxo-mexnuneckui uncmumym AH CCCP, C.-Ilemepbype

TIposesien pacueT CTAUMOHAPHOIC DPACTIPENENEHHS MOHOBAIEHTHBIX MOHOB B MOJIEJIM JKMBOTHOM KJIETKM
TIpU HATMUMH B KJETOUHOH MEM6DAHE HOHHBIX TPAHCTIOPTEPOB TPEX TUITOB U NIPH U3MEHSIOILEMCS BHY TPUKJIE-
TOUHOM SIEXTPUYECKOM 3apsge. TIpencTanneHst KpUBbiE H3MEHEHHS BHYTPHUKJIETOYHOTO COAEPKAHUS KaJIus,
HaTPHA W BOZIBI, & TAKXKE PASHOCTHM JNEKTPUUECKMX MOTEHLMAJIOB MEXIy BHYTPHMKJICTOYHO! M BHEmHei
CpeNoit NPH BAPMALMM CKOPOCTH NEPEHOCA MOHOB N0 Na,K-AT®a3HoMy TPakKTy, KaJIMEBLIM, HATPHEBBIM
M XJIOPHBIM KaHAJIAM uepe3 cucteMy cumnopra Tuma Na + K + 2Cl u NpH U3MEHEHUM BHYTPHKJIETOUHOIO
SNEKTPUUECKOTO 3apana. IIpOaHANMIUPOBAHBI CBA3M MEXIY H3MCHEHMEM TPARHCMEMOPAHHON  pasHOCTH
AMEKTPUUECKUX MOTEHUMAIOB (IOTEHLMANOM TOKOS), COZIEPXKAHHUEM B KJIETKE BOAbI (XJIETOYHBIM 00BEMOM)
u otHowenuem K/Na.

OCHOBH COBPEMEHHHIX IIPENCTAB/ICHMI O IPHPOAE ACHMMETPHYHOIO PACTIPENCICHAS
MOHOB MCXAy BHYTPHKJIETOUHO#H M BHEIIHEN CPEN0i Onutn 3a10xeHn Boitiem u KoHpeem
(Boyle, Conway, 1941), nokasaBuumu, 4To cucrema KJIETKa—Cpeaa npeacrasaser coboii
ABOHMHYIO JOHHAHOBCKYIO CHCTEMY, 06pa3oBaHHyI0 He IPOHHKAOMMMY Yepe3 MeMOpany
BHYTPUKICTOUHHMA AHHOHAMH M BHEKIETOYHBIMH KATHOHAMA — HOHAMM HATDHS. ITpose-
ACHHHIA NMH PacueT H3MEHEHNs KOHIIEHTPALMH 1 COCPXXaHMY B KJIETKE KaJIug, XJI0pa 1
BOZIL! IIpH W3MEHEHAN HOHHOIO COCTAaBA CPEH XOPOLIO COIVIACOBAJICS C TEM, YTO OHH I10-
JIyUAIM B ONNTAX HA MBIIEYHKX BOMOKHAX. JlabHeitmee pa3suTHe 3THX OPEACTABIECHMIA
COCTOSLNIO, 110 .CYIMECTBY, JMIIb B PEBU3NN MEXAHH3MA ACHMMETPHYHOTO pacnpeneneHus
HaTpusd. OTKpPHTHE AKTHBHOIO TPaHCIOPTA HATpHS M KaJM4 NPUBEIO B KOHIE KOHIOB K
KOMIILIOTEPHHIM  DACYETAM HMOHHOIO, BONHOIO M 3NEKTPHYECKOTO GamaHca MEXIY
BHYTPUKJIETOYHOM ¥ BHEIIHEH CPENOM (CM. JIHT.: Bepenunos, Mapaxosa, 1986) . OcroBHEE
SaKOHOMEDHOCTH pacnpeaesieHHst MOHOBAICHTHRX HOHOB B MOJEJTH XWBOTHOS KJIETKH, CO-
Aepxameit Na,K-AT®asHyio cucTeMy akTHBHOTO TPAHCHOPTA HATPHS W KAJIMs, HOHHBIC
KaHamu [olbIMaHOBCKOrO THNA W CHCTEMY cumnopra tTena Na + K + 2Cl, yxe pac-
CMaTpuBauCh Hamu panee (Bepennnos, Mapaxosa, 1986), B ToM uncie u IUISL YCJIOBH,
KOIZia BHYTPHKJICTOUHBIA 3JIEKTPHYECKMH 3aps H3MeHseTcs. B HACTOSIIIEM COOOmeHNN
HPONONIXCH aHAIM3 ITOH MONENH C MCHONb30OBAHMEM TOM X€ BHUMCAHTEIBHON 63k,

Monesns, nexamas B ocHoBe coBpeMeHHBIX TPEACTABJICHAN O MEXaHM3ME pacrpe-
AC/ICHAS WOHOB MEXNY BHYTPHKJIETOYHON M BHEWIHEH CPefol, OTBEyaer NPHBOTAMOIA
HHXE CXEMeE, '

Buyrpuxnerounas cpexa orpammuena pacTsxuMoii MeMOpaHOit B ComepXMT ompe-
ACJICHHOC KOMMYELTBO OCMOTHYECKH AKTHBHOTO MATepuana A, HECOCOGHOTO IOKHRATH
KIETKY, C CyMMapHHM 3apsiiom zA. B memGpane mmeercs naGop moHHHX TpaHCcIop-
TEPOB, BIMSHUE KOTOPHX HA MOTOK HOHOB Y€Pe3 MeMGpPaHy OnpexenseTcs mapaMeTpaMu
B, Vs Pna Py, Pc m Q. KoHuenTpaumm uoHOB BO BHEmEHeid cpene NOCTOSHHH, a BO
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BHyTpHXJleTOUHAS cpena MemGpana Buenmisa cpepa

ITapamMeTpni ITapameTpnl Ilapamerpnt
A — KOJIMUECTBO OCMOTH- B — KOHCTaHTa CKOPOCTH TIEPEHO- KJ, Nag, Clg xonueut-
4eCKM AKTUBHOIO Ma- ca wonos mo Na, K-AT®aano- panMM MOHOB, MOJIb/
TEpUAia B KJIETKE, My Tpaxry
ocMOMb Ha 1 Kkjerky Y — OTHOWEHHME MOTOKA HATPUSH
z — ofumit anexrTpuue- no Na,K-AT®asHomy TpakTy K
cxmit sapsp  uxcupo- MOTOKY  KAJIHS
BaHHBIX B KJIETKE KOM- Pnay Pk, Pc)— ko MLAEHTBI
FOHEHTOB HA EIMHMILY NPOHULIAEMOCTH MeMOpaHb! 1o
A, 3xs./ocmonb Tonbamany
Q — kuHeTHuecKUit KOIPULHEHT
ITepeMennbie nepesHoca MOHOB NO CHCTEME
CHMTIOpTa
¥ — KOJIMMECTBO BOAbI BO
BHYTPHMKJIETO4YHOH Cpe- IMepemeHuble
Be. Jl Ja l _KJETKY
— coaep- V — TpaHcMeMOpanHas pasHOCTh
)xauue uonon Ha emu- 3NEKTPUUECKUX NOTCHIIUA-
Huuy A, MOab/0CMOMB 0B, MB

Ki*, Naft, Cli — konuen-
TPAUMY MOHOB BO BHY-
TPHUKJCTOYHOM BOJE,
Monb/ 5t

BH)’TpPlKJICTO‘lHOfI Cpeac 3aBHCAT OT NEPCUYNCICHABNX BHINC KHHCTHYCCKHUX NTAPAMETPOB
H2Z COOTBCTCTBCHHO PA3HYHBC 3HAYCHUA MOTYT ﬂpHHHMaTb Pa3HOCTD JJICKTPHUCCKHUX
MOTCHIINAJIOB MEXOy BHyTpKKJICTOqHOH n BHCIIIHCH CPCIIOH H COOCPXAHUEC BOXH B
KJETKE M TEM CaMHM ee oObeM.

Ons Toro utoln y3HAaTh, KaK 3aBHCAT NEPEMEHHHE OT MApaMeTPoB, pPEmAETCs
CHCTEMA YDABHEHMM, OCHOBAHHAs HA TOM, YTO MPH BCEX NEPEMEIICHUSX MOHOB
BHYTPHKJICTOYHAS CpPEAa JO/IXHA OCTABATHCH B LEJAOM 3JIEKTPOHEHTPAJIBHOM M YTO
HMEIOT MECTO BOAHO-OCMOTHYECKOE pAaBHOBECHME M 6asaHC BXOZHONO M BHIXOTHOTO
MOTOKOB /IS, KAXAOTO M3 NMPOHHMKAIOMMX yepe3 MeMOpPaHy BHAOB MOHOB.

K+ Naj— Cf + %= 0, W

Ki} Na;+ Cl + %: Ko + Nag + Clg, 2

PN, VF/RT Naile’fygflz,/_RTNao — BNaj+ Q (1— ————I:::i;;) = [€)
PVF/RT Ki fx_‘i:i/plg,;f" + gNai +Q(1- —K]:'::::;‘;) =0, )
PoVFIRT Cl°lex_p :f;ﬁ;/;TC'i + 20 (1— K%gi%%) = %)

CootHomenue mexay v/A m K' +Na' MoXHO nonayuuth, HCNONb3ys TOJBKO
ypasaesns (1) u (2). 310 COOTHOLIEHHE HE 3aBHCHT OT KMHETHYECKMX NapaMETPOB
4 onpependercs ¢opmysoit (6), yKa3WBAOMEH HA JIMHEHHYIO TIPH TOCTOSHHOM Z
CBSI3b MEXAY CONEPXKAHMEM BOIH B KJIETKE, T. €. €¢ 00BEMOM, H CYMMAapHHIM CORED-
XaHMEM B HEH KaMs W HATPHA.

*o ] ©)
A (K§+ Nag + Cl3) — 2(K§ + Na)’

Cea3p MeXay pas3HOCTBIO I/IEKTPUUECKMX NOTEHUMANOB HA MeMOpane M comep-
XaHUEM B KJETKE BOAM BHIpaxkaercs mpocroit dopMysoit (7) Tonbko B TOM Cayuae,
€CJTH B pacCMATPHBAEMYIO MOJEJIb BHOCHTCS HEKOTOPOE OTPaHMUCHHUE, 4 MMEHHO E€C/IH
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PacmpenesieHne MOHOB XJIOPa OTBEYAET YCIOBHIO 3MEKTPOXMMHMYECKOTO PAaBHOBECHS,
T. €. mpH OTCYTCTBHM cuMnopra (Q=0) wm ecm Pg >> f.

V= R—gm(ug——‘)ﬁ) %))

205V |

Ckasannoe nosposser choOpMyIMpOBaTh NOBOJBHO BAXHOE MOJOXeHHe. B cucreme
C PaBHOBECHHIM DPACMpPENCNCHHEM XJIOPA H CTALMOHADHHM DPACHPEACICHHEM Kaausd o
HaTpusd ApPH TOCTOSHHOM Z M A M3MEHEHHE CONEPXAHHI BOAH, a CTaNO OHTh, W
ofbeMa KJIETKH BCEraa MPOTHBOMOJOXHO MO HATPAB/ICHHIO W3MEHEHHMIO TpaHCMeMG-
PaHHOI Pa3HOCTH 3MEKTPHYECKHX noTeHumasos. ConepxaHue BOAHW B KJIETKE M ee
00beM NONMXHH YBEJIMUMBATHCS, €CJIM ' PA3HOCTh IOTEHHMANOB (NOTEHLMAN TIOKOS)
YMEHbINAETCH, H, HAa000POT, YMEHBIIATHCS NMPH YBETHYCHHH PA3HOCTH MOTEHIMAJIOB.
Wsmenenne z, xak GyaeT NoKa3aHO HUXE, BCETAA BEAET K ONMHAKOBHM II0 HATIPAaBICHHIO
H3MEHEHHSM O0BEMa KJIETKM M TPAHCMEMODAHHOH Pa3HOCTH MOTEHLHMAJOB.
W3BECTHO, YTO MOTEHIIMA/T MOKOS Y Pa3HHIX XHBOTHHX KJIETOK MOXET BAPbHPOBATDH
or 10 no 100 MB, B TOo BpeMs kak comepxaHHe BOAM B pacuere HA 1 r KAETOUHONO
Oeska W3MEHAETCS B 3HAUMTENbHO Gosmee y3kux npeaenax. M3 amaamsa Mopenw
CIEAYET, YTO Y KJIETOK C BHCOKMM MOTEHIHAJIOM NOKOS COACPKAHME BHYTPHKJIETOYHEIX
OCMOTHKOB B pacuere Ha 1 r kjerounoro Gesxa M (Wik) 3apsi BHYTDPHMKJIETOYHOIO
MaTepuana AOMXHH OHTh BHINE, YEM Y KJIETOK C HH3KHM MOTEHIHAIOM MOKOS.
Qopmyasi (6) u (7) HAYErO HE TOBOPAT O TOM, KAK BJMSIOT HA COCTOSHHE CHCTEMH
KUHETHYECKHE napaMerps B, ¥, Pya, Pk, Pan Q, T. €. HOHTPAHCIOPTHPYIOMHUM aNapaT
KJIeTOYHO! MeMOpaHH. MHTepecyiomue Hac 3aBHCHMOCTH MOXHO NOJYYHTh MyTeM
UYHCIEHHOrO pemienus ypapHeHu# (1) —(5). Ha puc. 1 npecrasaeHn nanaHe A MOZEIH
6e3 cumnopra, KOTOpHE MOKA3KBAIOT, Kak orHomenne K */Na*, conepxanue B kneTke
BOZTH, KAJIASL M HATPHS, & TAKXKE TPAHCMEMOPAaHHAS Pa3HOCTh NOTEHIMAJIOB 3aBUCAT OT
KMHETHYECKHX NapaMeTpoB. Maorue U3 5THX 3aBMCHMOCTEIA, 10 KpaliHEil MEPE HA YPOBHE
KaueCTBCHHOIO aHA/M3a, M3BECTHH. ONHAKO MOJE3HO PACCMOTPETh MX BMECTE.
OtMerum crenyomue MOMEHTH. |. YBelnueHuwe KOHCTAHTH CKOPOCTH MEPEHOCA
Kanus u HaTpus no Na, K-ATQasHoMy Tpakty npu npouMx PaBHHX YCIOBHSX
yBenuunsaer orHomeHne K*/Na*, pazHOCTh 3/1EKTPHUECKMX MOTEHIHMANOB HA MEM-
Gpane u ymenbmaer ofbem KJETKH (CONEPXAHME BOAM) M CyMMAapHOE conepxaHue
KaJIMsl ¥ HATPHS. 2. YBE/IMUEHHE KOHCTAHTH CKOPOCTH NEPEHOCA HATPHS 1O TPAAMEHTY
SJIEKTPOXHMHYECKOTO MOTEHUHUANA, T. €. YBEJIMUCHHE Py, M3MCHSET MEPEUHCICHHHE
[0Ka3aTe/lM B IPOTHBOMOJIOKHOM HATpaBieHWH. 3. YBenuuenué Yy Py, paBHOCHWIBHOE
TIPH TIOCTOSHHEIX Py, M f CMEWIEHNIO BJIEBO 110 UATOHAMA KOODAMHAT Py,/YPx—pB/V P,
CONMPOBOXAACTCA YBCJAMYCHHEM PA3HOCTH MOTEHLHMAJIOB Ha MeMOpaHe, yMEHBIICHHEM
obbeMa KneTKH W ymeHbmenneM ormomenus K*/Na* u coorsercreemmo K;/Kj.
4. UamenenweM TpaHCIIOpTa HMOHOB uepes MeMOpaHy Heab3s MONHATD pasHOCThb
TOTEHUHMANIOB HAa MeMOpaHe BHIIE ONPENENEHHOTO 3HAYCHMS, BEJHUMHA KOTOPOTO
onpeznensercss JJOHHAHOBCKUMH (haKTOPaM¥: BEAMUMHON BHY TPHK/IETOYHOTO 3/IEKTPHYE-~
CKOTO 3apsia z, MPHXOAALIETOCS HA €AWHHMILY OCMOTHYECKOH AKTHBHOCTH BHYTDHKJIE-
TOYHOTO MATEPHANA, K HOHHBIM COCTABOM OKpYXawomeit KJeTKy cpeanl. 5. CymecTsyior
YCJIOBHS, NPH KOTOPHX Pa3sHOCTh NMOTEHUMAJIOB HA MeMOpaHe B 00beM KJIGTKH CHIBHO
33BHCAT OT TPAHCNIOPTA MOHOB Yepe3 MeMOPaHy, M YCIOBHS, NPH KOTOPHX M3MEHEHHE
KMHETHUYECKHX TAapaMETPOB MaJ0 BAMSET HA PasHOCTh NOTEHUMANOB (puc. 1, 6).
6. BmsHue aKTHBHOTO TPAHCIIOPTA HA PA3HOCTb NMOTEHLMANOB MOXET OHTb CHJIBHBIM
HE TOJILKO NPM ¥#1, T. €. IPH Pa3HHX CTEXMOMETPHUECKHX KoIpHUIMEHTax MepeHoca
Kanng u Hatpus no Na, K-AT®asHomy Tpakrty, HO M np ¥ =1, T. e. npn oKkBuBa-
JICHTHOM MEPEHOCE 3THX KAaTHOHOB. B koHeuHOM cuere 3dxpekT ompemensercs He
abCOMIOTHHM 3HAUCHHEM Y, a 3HAUCHHEM OTHOMIEHMH Py,/YPy W B/yPx. AxTuBHHi
TPAHCHOPT BCETAA <«IMEKTPOrEHEH», €CIM MMETh B BHAY BIUSHUE €0 HA Pa3HOCTh
NMOTEHUMATIOB B YCJIOBHMEX CTAUMOHAPHOIO pacNpeacncHus HMOHOB. g Toro utolm
PasMyaTh SKBMBANCHTHHA M HEIKBMBAJICHTHHI NEPEHOCH Kajaus M HATPHS 4Yepe3
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HACOC, Jyylle HCHOJb30BATh, KaK 3TO yXe orMmeuaynoch (Stanton, 1983), repmuuH
«aMIIEPOTCHHHM» M <«HEAMNEPOTEHHHI» peXuMmn paborm Hacoca. 7. PasHocTh
NOTEHIMAJIOB KA MeMOpaHe MOXET GHTb A0CTATOYHO GOBION He TOMBKO IpPH GOIBLIIOM,
HO u npu Masnom orHomennd K*/Na*, xak 310 UMeeT MeCTO IpH MATHIX 3HAYCHMSX
Prno/yPx u B /yP¢. C npyroit croporH, Gonpmas Beanumna orHomeHns K'/Na*
MOXET COYETATbCH C MaJoH BEJMUMHOM PA3HOCTH MOTEHIMAJNOB, Kak 310 OmBaer M
B JCHCTBHTEJBHOCTH, HANPHUMEDP Y BHICOKOKANMEBHX JSPHTPOUMTOB OOIBIIMHCTBA
BHCHIIEX XHBOTHHX. TakuM o6pa3oM, HET XECTKOH CBI3M MEXAY BEIMYMHON PAa3HOCTH
noreHuuanoB Ha Mem6pane m orHomenuem K*/Na* wm K{/Kjg.

BHime yXe OTMEYanoch, YTO IMPH H3MEHEHHH KHHETHYECKHX NMAapaMeTpPoB B pac-
CMaTPUBAEMOM MOZIE/IHM YBEAHUEHHIO PA3HOCTH TOTCHIMAJIOB BCETAA COMMYTCTBYET YMEHb-
meHne obbeMa KIeTKH, ¥ HaoGopoT. K aromy ciaenyer noGaBuTh, YTO MPH OAMHAKOBHIX
OTHOCHTEJIbHHX N3MEHEHMSIX KHHETAYECKMX NIAPAMETPOB MX BAXSIHUE HA 00beM B o01acTu
HHU3KHX 3HAYEHHI PA3HOCTH NOTEHLUAJIOB 3HAUATENBHO CAIbHEE, UeM B 001aCTH BHICOKHX
3HaueHui (puc. 1, 6). Kak nokasusaior rpaduxu Ha puc. 1, ¢, BINIHHE KHHETHUECKUX
NapaMeTpoB Ha 06beM 0COOEHHO CHIILHO BHPAXEHO NpH HU3KKX oTHomeHusx K*/Na*.
Takum 00pa3oM, U3 aHAIN3a MOAENH CEAYET, YTO y KJIETOK C HH3KMM IOTECHIMAIOM
nokost 1 mMaanm orHomenneM K'/Na' MOHHHIT TPAHCOPT AOMXEH TOpA3fo CHJIBHEE
BJIMSTH HA COACPXAHMUE BOAB M 00BEM KJIETKH, UEM Y KJIETOK C BHICOKUM NOTEHI(HAIOM
nokost. He ¢ 3TAM M CBA3aHO SMIMPHYECKOE NPABHIO «IPH BHICOKOM IOTCHIMAJIE
nokos ¥ ,,xopomeM* orHomennu K* /Na* xierku ycroituusee K HapyIIEHNSIM MOHHOTO
TPAHCNOPTA, YEM NPH HAZKOM MOTEHHHAIE MOKOS M HU3KOM orHomenmu K*/Na'»?

IloBegenue mMopgenm C CHMIOOPTOM OTpPaxawT rpacdmku HA puc. 2—7. Brmouenue
B MOIE/Jb CHMIIOPTA TPHBOOMT K TOMY, uTO oOmumit 6aJaHC BXOXHHIX ¥ BHIXOOHBIX
NOTOKOB XJIOpA MO pa3HHM TPAKTaM [JOCTMTaercs NpH HEOAMHAKOBHIX OJEKT-
POXMMHMUECKMX MOTEHHMANAaX ITOr0 MOHA BO BHEIIHCH M BHYTPHKJIETOUHOM Cpefax.
ITpu 3TOM MMeEeT MECTO NOCTOSHHKIA MOTOK XJIOPA MO TPAAUEHTY JJAEKTPOXMMHYECKOrO
MOTEHIIMAIA, KOTOPHH KOMNEHCHPYETCSd AKTUBHHM TpPAaHCIOOPTOM XJIOpa TNPOTHB
rpagueHTa yepes CHCTEMY CUMIOPTA, OCYLIECTB/ISEMBIM 33 CUeT ABHXEHHS KaMsd M
HATPHS Yepe3 CHCTEMY CHMITOPTA 1O IPAAHEHTY X JJIEKTPOXHMHUYECKHUX TOTCHIHAJIOB.
B Mopmenm ¢ cMMIOPTOM COCTOSIHHE CHCTEMHB CTAHOBHTCS 3aBHUCSIUIMM OT P,

ITocko/bKy BAMSHKME TOTO HJIM WHOTO NAPAMETPA HA COCTOSIHME CHCTEMEI MOXET OHITh
PasIMUHBEIM B 3aBUCHMOCTH OT TOIO, B KaKOit 00/IACTH HAXOMUTCS PACCMATPUBAEMAsi CUCTE-
Ma, Ha pUC. 2—7 npuBEICHH JAHHHE AJs KJIETOK TPEX KPAHHMX THUNOB: 1) KJETOK C
6oapmum otHomennmemM K'Y/Na' u BHCOKHM mnoreHHMasoM TNOKOos (3TO aHAAOr
GOJILIIMHCTBA KJIETOK BO30yanMuix TKaKei) ; 2) kieTok ¢ Gonbmum otHomerueM K /Na*
M HU3KUM MOTEHLHAJIOM IOKOS, MOROOHBIX SPHTPOLMTAM GOBIIMHCTBA BHICIIMX XHBOT-
HHX; 3) K1eTok ¢ MasnM otHomenneM K*/Na* v HU3KHM NOTEHUMAIOM NTOKOs, KOTOPHIE
noA00HH HM3KOKA/JMEBHM SPHTPOIMTAM HEKOTOPHX XMIIHMKOB H XBAuHHIX. [Ipu-
BOJMMEIH HMXE MATEPHAJ SBJISETCS WULIOCTPAUMEN BAXHOTO U1 aHAIN32 MEXaHN3Ma
XBMXEHMS W DACHPEREICHAS HOHOB MEXAY KJIETKAMH M CPEHOM MOJIOXEHMS, CMBICT
KOTOPOTO 3aKJII0YAETCS B TOM, UTO BANSHAE HA CHCTEMY M3MEHECHHUS MIEPEHOCA MOHOB 1O
KaKOMy-M00 OHOMY TDAaKTy CYIIECTBEHHO 3aBMCHT OT COCTOSIHHMSI JPYTMX TPAaKTOB.

Bansgaue noroka kanua v Hatpus no Na,K-AT®asHoMy TpakTy Ha COCTOSHHUE KJIETOK
1, 2 11 3-ro THNOB MOKA3aHO HA PUC. 2. 33aBUCUMOCTH ISl MOAEJH C CHMIIOPTOM ITOKA3aHH
WTPUXOBOH JuHKeH, 3HaucHus Q BHODaHH TaKUMH, UTOOH BEJMUYMHA MOTOKOB UEPE3

Puc. 2. BausHue KOHCTaHTBI CKOPOCTH mepeHoca kaTtuonoB no Na,K-AT®aszHoMy TpakTy Ha MOHHBIA M
JNIEKTPUUECKUi baNaHC MeXIy BHYTPHMKJIETOYHON M BHELIHEH CPENAMM.

Mo ocu abeyuce — KOHCTAHTA CKOPOCTH TiepeHoca KarHoHoB no Na,K-AT®aswoMmy Tpakty B. ITo ocu opdunam: K/Na —
OTHOLLIEHHE BHYTPHKJIETOYHOIO COZICPXAHHS KAalHA K cofepXaHuio HaTpus; K+Na — cyMMapHoe BHYTPHKJIETOUHOE COZlepXKaHHe
KATMS ¥ HATPUS HA UMY A, Moib/ocMoms; Membrane potential — TpascMeMGpaHHAad pasHOCT AEKTPHUECKUX NOTEHIIHATIOB,
M&; K -cggxbm ¥ Na” -conient — BHYTPHKJIETOHOE COZIEPXAHHE KATHS H COOTBETCTBEHHO HATPHE KA eAMHHMILY A, MOJb/OCMOMD;
K{" # Naj" — XOHLEHTpalMK1 Xa/iMgd H HATPHE BO BHYTPHKJETOUHON Boje, MMOJL/N; Volume — ofbeM knerxu (copepXaHHe
BOALl Ha eJMHHLY A J1/0cMOM) . CRAOIHOMG Aknueld TIOKA3AHH 3ABHCHMOCTH ANd MozieiH 6ea CHMNOPTA, umpux060ii MuRued —
C CHMNIOPTOM. 3HauyeHHS KHHETHYECKMX MAPAMETPOB, AT KOTOPHIX TOJYUEHB! TIPHBE/ICHHBIC 3aBHCHMOCTH A KAXAOMO H3
Tpex THIoB (Cell 1 —Cell) 3 yxaszamm Ha pucyuxe. g z npuHaTo 3Hauenue — 1.5 3kB./ocMoiDb.
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Puc. 3. Banaune ko3(puIMENTa NPOHMIAEMOCTH MeMOPaHbI JUIsl HATPUS HAa MOHHBIA U INEKTPUUECKHIH
6anaHCc MEXIy BHYTPUKJIETOMHOM M BHEMIHEN Cpenamu.

Mo ocu abcyucc — xoadduLMeNT NMPOHHLIAEMOCTH MeMOpaHL And Hatpus PNa, Ocrambibie ofosHaueHud Te ke, YTO H Ha
puc. 2.
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CHCTEMY CHMIIOPTa GbUTa CONOCTABMMA C MOTOKOM COOTBETCTBYIOLIMX MOHOB IO APYIHM
TpaKTaM (YHCJIOBHE NPUMEDPH cM.: Bepennnos, Mapaxosa, 1986) . Kak nokaswsaior npen-
CTABJICHHHE AAHHHIC, NIPH CXOIHOM Y KJIETOK BCEX TPEX THIOB H3MEHEHMW OTHOLICHHS
K*/Na* namenenne Apyrnx nokasateieil 3aBHCHT OT THNA KJIETKH.

YBenuuenne f u COOTBETCTBEHHO MOTOKA KaAAS M HATPHS IO Na, K-AT®assHomy
Tpakty yseamuuBaer orHomenme K*/Na® Bo Bcex ciyuasx. Ommako cymmapHoe
CONMEpXAHHEC KajMsd M HATPUS H COACPXAHHE B KJCTKE BOOW (0OBEM KJIEeTKH) B
3aBMCHMOCTH OT YCJIOBH# MOTyT JHM60 MajJo H3MEHATbCH, JHOO CHHXAThCs, JMGO
HapacTath (kieTk# 1-ro m 2-ro Tunos ¢ cummoproM). PasmocTs noreHumanos c
yBeNMueHHneM f NpH OTCYTCTBMM CHMIIOPTa HApACTAET, a NpH HATHUMH CAMIIOpTa
MOXET yMCHbmATbCH. KOHLUEHTpauus Kajus M HATPHS BO BHYTPHMKJIETOYHON BOZE
Npy BapHaumu § B MMPOKOM ANANA30HE YC/IOBMIl H3MEHEETCS B TOM Xe HanpaBJ/ICHNH,
UTO ¥ CONCPXKAHHE ISTHX KAaTHOHOB. ONHAKO mpH OCOOGEHHO BHCOKHMX OTHOHICHHSX
K*/Na®, BO3MOXHO, BHXORSMX 33 NpeAeaH (HUIHOIOTHUECKHX 3HAYEHMI,
YBCJIMUCHHE CONEPXAHMS HATPUS B MOIEJH C CHMIOPTOM MOXET COIPOBOXAATHCS
CHHXKCHHEM €10 KOHUCHTPAIMHM BO BHYTPHKJIECTOYHOM BOJE.

YBenmuenue Py, BO BCEX CyuasX BeAET K yMEHbIIEHHI0 orHomenms K'/Na*.
CyMmapHoe copepxaHue Kaans M HATPHS M COOTBETCTBEHHO OOBEM KJIETKH H coaep-
XaHME B HEH BOAW NP yBenmueHwn Py, B Mogenu 6e3 CHMIOPTa HapacTraior y
KJETOK M060ro THma, HO MOTYT CHHXATHCS MPH HANAYHH CHMIIOPTa Y KJAETOK l-ro
¥ 2-ro tunoB. KneTku 2-10 THNa C CUMIIOPTOM MHTEDECHH TEM, UTO B JAHHOM cryvae
BapualMs KHHETHYECKOTO NApaMeETPa COMPOBOXAAETCS OAHOHAMPABJICHHHIMH M3ME-
HCHASMA NOTCHUMA/IA NOKOS M o0beMa KAETKH. YBesmuenue Py, Y TAKHX KJIETOK
BENET K YMCHBINEHHIO OGbEMA M CHMXEHMIO MOTEHUHANA, 3 HEe MOBHIIEHHMIO, KAK B
mozienu 6e3 cumnopra. ConepXaHue Kamus u ero KOHIEHTPAUHUs BO BHYTPHUKICTOYHOMH
BOAC NPH U3MEHEHMH Py, TP ONPEAENEHHHX YCAOBHIX MOTYT H3MEHATHCS B MPOTHBO-
TNOJI0XHOM HanpasneHuH. OTMETHM B 3aKJIOYEHHME, UTO M3MEHEHHE Py, Y KJIETOK
l-ro THN2 OTHOCHTENBHO CHJILHO W3MEHSET PAa3HOCTh TMOTEHIWANOB M MAiO BJIMSET
Ha O0bEM KJIETKM, B TO BPEMSI KAK ¥ KJIETOK 2-TO M 3-TO THIIOB CHJIHO M3MEHSET
H PasHOCTh MOTEHIMAJIOB, H O0BEM.

YBenuuenne Py npMBOAMT K cHEHXeHHIO orHomeHus K*/Na‘' Bo Bcex CIyvasx
(puc. 4). Bansune Py Ha CyMMapHOE CONEpXAHME KAMHS M HaTpus, o0beM KJIETKH
H CONEPKAHME B HEH BOAB OTHOCHTENBHO HEBEJMKO Y KJAETOK 1-T0 THIA M 3HAUMTE/TBHO
Yy KaeTok 2-ro u 3-ro THnOB. YBenumuenme Py BeZeT BCerna K Gonee WM MeHee
SHaYMTCIPHOMY YBEIHUCHHMIO PA3HOCTH NOTEHIMAJIOB HA MemOpaHe M B Mozeau 6es3
CHMIOPTa — K YMEHBMCHHMIO oObeMa. Ilpy Hanwumu cumnopra ysemmuenue Py y
KJCTOK 3-TO THNIA BEAET K YBEIWYEHMIO W DA3HOCTH noTeHnuanoB, u obwema. [lpu
BapHanuu Py MOIYT MMETb MECTO CJIyYaM, KOTAA YBENWYCHHE CONEPXAHMS KATHOHOB
COMPOBOXAAETCS YMEHBIICHMEM MX KOHIEHTPALMHM BO BHYTPHKJIETOUYHOH BOJE.

Bimsnue cumnopra Ha cocrosgHHe CHCTEMB OTpaxaloT rpadukd Ha pmc. S.
IlyHKTHDHON NMHMEH HA HMX NOKA3aHM 3HAYCHHS COOTBETCTBYIOIMX MOKA3aTeJIci
6e3 cumnopra, CrUIOMHON JMHHEH — MpH HAMUYHH CHMIIOPTA M OTHOCHTEIBHO HM3KOH
TPOHMUAEMOCTH ZUIS XJI0PA, & WTPUXOBOM — C CHMIIOPTOM M BHICOKOM TPOHHLIREMOCTBIO
Membpann ans xnopa. Cummopr camxaer ornomenne K*/Na* y knerok 1-ro tana
M NIPAKTHYECKH HE M3MECHSIET ITO OTHOLIEHHE y KJIETOK 2-T0 M 3-TO THTOB, YBeaHueHue
- CHMNOPTA yMCHBIIAET PA3HOCTb NMOTEHLMAIOB HA MEMOpaHe M yBelMuMBaeT 0bbeM y
KJIETOK 1-ro THma, a y ksierok 2-10 u 3-ro THoB, Hao0OpOT, YBEIMUMBAET Pa3HOCTb
TNOTCHIMANIOB ¥ yMeHbmaeT obbeM. TakuM 00pasoM, CHMIOPT cMSryaer pasamums
. MEXNy KJIETKAMM Da3HHX THNOB. BiMSHHME CHMIOPTa B CHJILHON CTENEHM 33aBUCHT
‘o7 BeqMumHN Po. Ha ¢oHe BHICOKMX 3HAUYCHHIL P (mrpuxosast JMHWS) CHMIIODT
H3MCHSCT DPAa3HOCTh MOTCHUMANOB CHJIbHEE, YeM Ha (DOHC HH3KMX 3HAYCHHUI Py
(cruiowHas amBMsS), a o6beM, HA0GOPOT, — CHAbHEE IpH HU3KHX 3HAuUeHHsAx Pg. Y
KJIETOK € BHICOKMM MNOTCHUMAJIOM NOKOSl CHMIIOPT CKA3HBAETCH OCOGEHHO CHJIBHO HA
TPaHCMEMODAHHON PAa3HOCTH MOTEHLHAJIOB, TOTAA KAK ¥ KJIETOK C HH3KHM MOTEHIINAIOM
nokod — GoJiblle Ha OObEME KJIETKH.
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Puc. 4. Bausuue ko3dbULMEHTA NPOHMLIAEMOCTH MeMOpaHbl s Kajns HA HOHHBIA M INEKTPUUECKUN
6ananc MeXay BHYTPUKJIETOUHON M BHEIIHEN CPeAaMH.

ITo ocu abeyuce — xo3pHIMENT TPOHHLIAEMOCTH MeMOpaHbl zmg xamms Pg. Ocrausibie ofosHadeus Te e, W10 ‘H WA
puc. 2.
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Puc. 5. Bansuue Tpancnopra kams, HaTpPHs M XJI0pa YEPe3 CHCTEMY CMMNOPTA HA MOHHBII U 3/IeKTPHUECKMil
Gananc Mexy BHYTPMKIETOUHON M BHemmHEH cpeaamu.

o ocu aﬁaqucc—nmm‘lgcxuﬁ xoauIHeHT Nepenoca BaTHOHOB UEPE3 CHCTEMY CHMTIOPTR (; no ocu Opdunam — 1o xe,

9T0 H Ha PHC. 2. CRAGMHKOR JKued NOKAIAHK JARMCHMOCTH TpH MAJIOM 3HAYEHHH PCl, Mpux060i aunued — npu GosmbioM
3HaveHuH PCl, RYMKMUPROI Aunuel — PR OTCYTCTEMH CHMIIOpTA.
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Puc. 6. Bausnue xoadhduumeHTa npoHULAEMOCTH MEMODAHbI /s XJIOPa HAa MOHHBIA W JNEKTPUUECKMI
6ananc MeXJy BHYTPUKJIETOUHON M BHEUIHEN CPEAAMM.

Mo ocu abeyuce — xosdUITHENT MPOMHLAEMOCTH MeMOPAHN ATa XII0pa PCl; 10 OCu OpOWHAM — TO XK€, MTO M Ha puc. 2.
CnaowiHoi  AuHueis — NIOKA3aHbl 3ABUCHMOCTH NpPM MAJIOM 3HAUCHHM Q, WMPUXO6OR Aurued — NIPH GOTHINOM 3HAYCHUM
Q. 3uauenus Q NpHUBeleHH Ha PHCYHKE B BepxHeM cronbie.
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Usmenenne xoabdunuenta npoHnuaeMocTs MeMOPaHH aas xaopa Pc, BAMSET HA
COCTOSIHHE CHCTEMH TOJILKO B TOM C/IYYa€, €C/H ECTh CHMIOPT (puc. 6). YBeamucHue P,
BCEraa B TOM miM mHOI cremenn cHuxaer orHomenHwe K'/Na*. Cymmapuoe conep-
XaHUC KanMsd M HATpud, oObeM KJETKM H CONEPXaHHE B HEA BOAH MOTYyT IpH

BEJIMUCHHH P¢) KaK YMECHBIIATHCA (KJIETKH 1-10 THNA), TAK M YBEIMUMBATHCH (KJIETKH

-r0 ¥ 3-T0 THNOB). YBenuueHHe P; MOXET M CHHXaTb (kaerkm 1-ro Tuma), u
YBEIMYHMBATD (KJIETKH 2-TO M 3-TO THIOB) Pa3HOCTb MOTEHIMAIOB HA MeMOpaHe, IpHYEM
YBEAMUEHHE NOTECHUNAAA TTOKOS, BH3BAHHOE YBEINYEHHEM Py, MOXET COMPOBOXAATHCS
yBeauueHueM ofbeMa KJIETKH,

Ha puc. 7 nokasano BIMSHME HA COCTOSHUE CHCTEMB NAPAMETPa 2z, T. €. BEJIMYHHL
BHYTPHKJIETOYHOIO 3JJIEKTPHYECKOTO 3apsja, NPHXOASMIETOCS HA EAUHMLY OCMOTHUE-
CKO¥ aKTHBHOCTH BHYTPHKJICTOYHOIO MaTepuasa. Bausiue z Ha pasnvuHBE NMOKA3aTETH
Y KJIETOK Da3HOr0 THNa B KOJAMYECTBEHHOM OTHOIIEHHHM MOXET OHTb pa3/IMuHHM.
Onnako HampamjeHMe M3MEHEHHS BCEX MOKA3aTEEH OTBEYAET MPOCTOMY NPABAILY.
Bce moxasaremm — V, v /A, cymMMmapHOe coAepXaHHE KaaMs M HATpHUs, COAEPXAHHE
KaXJoro U3 KaTMOHOB M MX KOHIICHTPAIlAM BO BHYTPHKJIETOYHOW BONE — yBEJIMYMBA-
IOTCE C YBEJIMUCHHEM Z.

Haunpie puc. 2—7 NOSBOASIOT CyAMTb 00 M3MECHEHMH HMOHHOTO, BOJHOTO ¥
SMEKTPUYECKOro 6anaHca MEXAY BHYTPUKJIETOUHON ¥ BHEIIHEN CPEOi NpH H3MECHEHHMH
COCTOSIHUS OTAEC/IBHHX MOHHHX TPAaHCHOPTEpPoB. B HEKOTOpHX CiIyuasx HEoOXomTuMo
pemars 00paTHYIO 3a1auy, T. €. yCTAHAB/JINBATH, YEM BH3BAHH T€ WIH HHHE H3MCHEHHS
HOHHOTO COCTABA KJIETKH, COXEPXAHWS B HEH BOOW MIH TpaHCMeMOGpaHHOIM pazHOCTH
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Puc. 7. BiusiHMe BHYTPUKJIETOYHOMO 37EKTPHUECKOTO 3apsaa Ha MOHHBIA M INEKTPHUECKHUi Gasranc Mexay
’ BHYTPHMKJIETOYHOM M BHEIUHEH CpeaamMu.

1lo ocu aficyucc — BHYTPHKICTOUHBI ANEKTPHYECKHi 3apHfl Z;, OCTABHbIE OBOGHAYCHHS Te XKe, YTO H Ha puc. 2.
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H3MeHEHHE HOHHOTO M dJexTpHyeckoro 6anaHca Mexy BHYTPHKJICTOYHOH M BHEIIHEH
CPEIaMM B 38BHCHMOCTH OT MOHHOTO TPAHCNOPTa M BHYTPHKJIETOYHOrO 3JIEKTPHUECKOro

3apapsa
Hamenenne ToKadaTesd co- Bes cummopra ® C anmoprom a
Bapuant CTOSHHS KIeTKH
pacuera | + +

Ko [kt ma® | v | Moweweiwe | kb | Naf | P | K| Naf

1 + + + | z+(0=3 + |+ | z+(1=3) + +

Pna— (1, 2) + —_

Pcyp— (1) + —

2 + + — | PRk—(U=3 | + | — | Pgk— (1,2 + -

B+(,2 + —

0—2,3 |0,— ]| —

3 + _— + BapuaHT He BO3MOXEH B— (P — +

Px +(3) — +

Po+(2,3) |0,— | +

4 + — — | Pnat U—3) | — + Pna+ (3) — +

f— 1=3 — + — (3) — |t =

Q@+ (1) — +
asmmOomwther YBC/IHYCHHIO, 3HAK <—» — YMEHBILCHHUIO NOKA Hn(hnunncxo&nx
ofosHadyeH THI KIETKH. Hamenenue napaucrpon npx M o'moummnmng/ B Hamenenne

NapaMeTpos TIpH Masiom orHowensn K*/Na*

SMEKTPUYECKUX morenimuanos. C 3amaueil TAKOro poga MH CTAJKHBAJIKCh, HANPHMED,
MPH UCCIEAOBAHMH M3MEHEHHI MOHHOIO TPAHCHOPTA B MPOIECCE POCTA M PA3MHOXCHHS
KJIETOK (Bepemmon, Mapaxona, 1986; Bepenmnos u ap., 1991). 3nece Moxer OGHTH
MOMIE3HOM TAbAMIA, B KOTOPOH MpPEACTABJACHH 4 BO3MOXHHX BAPHAHTA M3MECHCHHS
OCHOBHHX MOKA3aTE/NEH HOHHOTO M 3JIEKTPHYECKOro (aianca MeXay BHYTPHKJICTOYHOH
M BHEIHEH CPENaMH M YKA3aHbl M3MCHEHHMS MapaMeTpPoB, KOTOPHE MOMIH Oni OHiTh
NPHYMHOA COOTBETCTBYIOMMX M3MEHCHHI HOHHOTO Ganamca. HOJIBBYSICB Tabnuuei,
MOXHO JIETKO HAWTH yC/I0BMS, Npd KoTophix orHomenue K*/Na* u tpancmemGpaHHas
Pa3sHOCTh IJEKTPUUECKUX INOTEHUMANOB HM3MEHSIOTCS B IPOTHBOIMOJOXHOM HAaNpaB-
JeHud (BapuaHTH 2 B 3), a TAKXE CJIy4ad M3MEHEHHMs B OMHOM HAlpaBJeHHH 00beMa
KJIETKM M Pa3HOCTH MOTEHUMANOB HA MeMOpaHe (BapuaHT 3, MOZEJb C CHMIIOPTOM).
Hannwe TabnuMuB NMOKA3WBAIOT, YTO NPH OTCYTCTBHM CHMIIOPTa MOZEJM KJIETOK BCEX
TPEX THUNOB BEAYT Ce0s KAUECTBEHHO OAMHAKOBO, B TO BPEMI KaK C CHMIIOPTOM —
no-pasHoMy, a Takxe 1O, uro orHomeHme K*/Na® B ogumx ciyuasx maMeHseTcs
NPEMMYIIECTBEHHO 34 CUET M3MEHEHHMS CONEPXAHHMS Kajaud, a B APYIMX — HAaTpHsL.
IlpuBeaeHHNE BHIIE PacCYETHHE AAHHHE NOJYYEHH HA OCHOBAHMHM IOCTATOYHO
IHAPOKHX TIPEANOJIOKEHAN OTHOCHTENBHO MEXAHM3MA NBH)XXEHHMS HOHOB uepe3 MeM6-
paHy ¥ mOTOMY MOTYT COMNOCTAaBJSTBHCS C SKCHEPHMEHTANLHHMA JAHHHMHM 0e3 0coOHIX
orparvucHnit, Heo6x0quMo HaMOMHAUTD JMmMb JBA MOMEHTA. B pacuere mcnonp3oBaHO
ycioBue 6anaHca BXOAHONO M BEIXOTHOIO NMOTOKOB IO KAXIAOMY BHAY NPOHHKAIOMMX
uepes memOpany HoHOB. [ToaroMy KOraa peub uaeT o0 W3MEHEHNH COACPXAHMSA HOHOB
B KJIETKE, MMEETCS B BHAY MEIIEHHOE M3MEHEHHWE, NPH KOTOPOM DPA3HOCTHHIA HOTOK
MaJi 10 CPABHEHMIO ¢ OOMEHHKM NMOTOKOM (Hanpumep, He npesocxoxut 109, obMeHHOIO
NOTOKA). D10 ycIoBHe cobmonaercs, ecim 1.5-KpaTHoe N3MeHEeHHEe CONEPXAHUS KAKHX-
anf0 MOHOB NOCTHTAeTCd 33 BpeMd, B 5 pa3 MPEBOCXOAMLIEE MOCTOSHHYI BDEMEHH
oOMeHA NaHHHX MOHOB. HamoMHMM, YTO MOHHHH OOMEH y XHMBOTHHX KJETOK B
KyJbTYpe HAer OOBYHO C NOCTOSHHOM BpeMEHM MmO Kanmio, pasaoil 40—60 MuH, a
[0 HATPHIO — HPAUMEPHO B § pa3s OGucrpee. Takum 06pasoM, M3MEHEHHE B COAEPXAHUH
KaJidg ¥ HATPHA B KJETKaX B Macmrale BpeMEHHM MOPIAKA 5 U MOXHO aHAIH3NPOBATH,
COMOCTAB/SIA €T0 C MPHBEACHHHMHA BHINE PaCYETHHIMHM NaHHHMH. BTopoil MOMEHT, Ha
KOTOpHI# cjieAyer oOpaTHTh BHUMAHHE, ITO TO, YTO COAEPXAHHE MOHOB M BOAH B
MOIENBHHX PacyeTax AAETCsd HA CAMHMIY BHYTPHKJICTOYHHX OCMOTHKOB, TOTAA Kak
npu pabore ¢ KJISTKAMHA COAEPXAHHE MOHOB M BOAH, KaK NPAaBWIO, OTHOCAT K €AWHHILE
Cyxoit MaccH mim KJerouHoro Oesika. TakuM o6pa3soM, H3MEHEHNE CONEPXAHUS HMOHOB

16



B pacyere Ha 1 r cyxo#f MacCH KJE€TOK Wi 1 I KJAETOUHOro Oesika MOXET OHTh
BH3BAHO HE TOJIbKO TEMH NPHYAHAMY, KOTODHE CJACAYIOT M3 AHAIM3Aa MOAEJM, HO,
K TOMy X€, N M3MEHCHUEM OCMOTHYECKON AKTHBHOCTH BHYTPHKJIECTOYHOTO MaTEpHAJIA
B pacueTe HAa 1 I Cyxoif MaccH MM KJIETOYHOro Genxa.
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IONIC, ELECTRICAL AND WATER BALANCE IN ANIMAL CELL. A MODEL
WITH THE Na,K-ATPase ACTIVE TRANSPORT, GOLDMAN’S CHANNELS AND Na + K + 2Cl
SIMPORTER

A. A. Vereninov, A. A. Vereninov, Jr.

Institute of Cybology of the Academy of Sciences of the USSR and Physico-Technical Institute of the Academy of Sclences
of the USSR, St. Petersburg

The relations between intracellular potassium, sodium water content and resting potential on the one
hand and the ion transport parameters and intracellular electrical charge on the other hand were computed
for a model of animal cell with a several ion transporters and variable intracellular charge. The case of
the balanced ion distribution is considered. The results are presented in a graphical form.
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