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Na/K-AT®asza — ocnosHoll hepmenm, obecneyusarowuii acummempuynoe pacnpeodeieHue UOHO8
Hampus u Kaaus no obe CMOPOHbI KIEMOYHOU MeMOpaHvl HcUgomHuvix. B 0630pe obcyscoaemcs
coepemennoe cocmosanue npoonemvl Qynkyuonuposanua Na-nacoca. Ilpusedenvl Oanmnvie 0
MONEKYNAPHLIX CBOUCMBAX U Ynakoske epmenma 6 memobpane. H3nooicenvt npedcmagnenus oo
onueomepnot opeanusayuu Na/K-ATDa3zvl u o pecyrayuu adenosunmpugochamom 83aumoomuoueHus
npoOmMomepos 6 onucoMepHom Komniexce. Ilpusedenvt gpakmol, ceudemenrbcmsayiowue 0o yuacmuu
9mMo20 ghepmenma é npoyeccax nepeoayu CUsHaLa Om eHeuHel Memopansl 6HYmMpb KAemKU.

Knrouesvie cnosa: Na/K-AT®asza, onucomepras opeanuszayus, ATO, nampuil, kanuil, BHympukjiemoyHas

cucHaauzayul.

BBenenue: kak HaUMHAJIACH IPOGIEMa
Na/K-AT®a3bl

Na/K-AT®aza (Na-Hacoc) NTpeacTaBiseT
cO0OM MHTErpaibHbIi TpaHCMEMOpaHHBIN OJIU-
TOMEpPHBIH O€JIOK, TPEeBpAIlAOIINKA SHEPTHIO
AT® B sHepruto rpajueHTa OJHOBAJEHTHBIX
KaTnoHOB. OH COIEP)KHUT LEHTPbI CBSI3bIBAHUS
u rugponusza AT®, noHHBIE LEHTPBI U 00JIaZaeT
BBICOKOI KOH(OPMAIMOHHOH JIAOMIIBHOCTBIO —
CIIOCOOHOCTBIO MPUHUMATh HECKOJBKO YCTOM-
YUBBIX KOH(pOpPMALWH, pa3IMYAIOMUXCS 10
CPOJICTBY K IEPEHOCUMBIM HOHAM U OPUEHTALIUN
HOH-CBSI3BIBAIOIINX LIEHTPOB.

Oueprust AT® npu pabore 3TOH CHCTEMBI
UCTIONB3YeTCs I «OIUIaTh» Iepexona U3 KOH-
(opmanuu ¢ BBICOKMM CPOJICTBOM K OJHOMY U3
MIEPEHOCUMBIX HOHOB (HATPHIO) B KOH(POPMAITHIO
C BBICOKMM CPOJICTBOM K IPYTOMY HOHY (KaJIHIO).

BosBpamnienne B HCXOHYIO KOH()OPMALHIO TIPO-
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HCXOIUT CHOHTAHHO IO TaK Ha3bIBa€MOM pelak-
1977,

2002). TepmuH «tpancnopTHeie AT®a3ze — cu-

canonHoii kuHetuke (biaromeHdensa,

HOHHMM TE€PMHHA «HOHHBIE HACOCHD».

[IpoMeKyTOUYHBIM TPONYKTOM THIPOIU3A
AT® sBnsiercst pochodepMeHT, BOZHUKAIOUIHIA
IIpH [IEPeHOCEe TePMHUHAIBHOTO (ocdaTa ameHo-
3uHTpHdOCHOPHOH KHCIOTHI Ha Oelok ¢ obpa-
30BaHHAEM «MaKpO3PTHIECKO» armmidochaTHON
cBsa3u. [lo atoit mpuunne TpaHcnopTHble ATda-
3bl OTHOCAT K AT®azam «P-tunax.

Hctopus uccnenoranus Na/K-ATda3br Ha-
yanack B 1957 1., Korga JaTcKUil yueHbIH Henc
Kpucrunan Ckoy 3aHsiics u3ydeHHeM (eHoMeHa
HOHHOM aCHMMETPHU H €€ yTPAaThl, IPOUCKOMI -
el Npu XpaHEHUU KJIETOK MpPHU MOHHKEHHOU
temneparype (Skou, 1957). K Tomy Bpemenn u3
uccienoBanuii A. XomKKHHA OBIJIO H3BECTHO,

4TO MIpoHeCcChbl B036y)KZ[€HI/I$I o0ecIeuyrnBarTCs
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HEPaBHOBECHBIM pAacCIIpe/ie]iecHHeM HOHOB Ha-
TPUS U Kallusg Ha MeMOpaHe BO30YAUMBIX KIIETOK
(XomxkuH, 1965). Knaccnueckum 00BEKTOM HC-
CIIEZIOBAHUS CIYXKHUJ THTAaHTCKUI aKCOH Kalb-
Mapa, HO MHOTO OIBITOB OBLIO ITOCTABJICHO U Ha
CKEJICTHBIX MBIMIIAX. JITUTeNnpHOE BEIICPKIBA-
HUe mpenapaToB Ha xojoze (mpu 4 °C) ymeHbIa-
JIO BEJIMYHWHY MOHHBIX TPAJUCHTOB M CHHIKAJO
B030yauMocTh akcoHa. Panee I. Illariiman mo-
Kazal, 4yTo yTparhl Na-rpaJueHTa MOXXHO I0-
CTHYb TOpa3io ObICTpee, €Clii BBIICPKHUBATH
KJIETKH B MPUCYTCTBUH KaKOT'O-HUOYAb cepled-
HOI'0 TJIMKO3Uja — cTpoaHTHHA WM yabaumHa
(Schatzmann, 1953).

DKCNEPUMEHT, TocTaBleHHblii . Ckoy B
1957 r., 3akaro4ajca B TOM, YTO M3MEIILYCHHBIC
HepBbl Kpaba (roMoreHaT) ObLINM MOABEPIHYTHI
WHKYOalluW TpH Pa3HBIX COOTHOIICHHUSIX XJIO-
PHCTOrO HATPHUSI M XJIOPHUCTOrO KajHsl B IIpPH-
cyrctBuu MarHus u AT® u Obuta m3MepeHa
AT®a3zHasg akTUBHOCTE roMoreHnata. CooTHoIIe-
nue Na/K usmensnocs ot 0/150 mo 150/0 MM, u
HPOMNOPIHOHAIEHO U3MEHEHHIO 3TOro Ko3hhu-
OHEHTAa WM3MEHSIAach CIOCOOHOCTH IIperapara
rugponu3oBatb AT®. Makcumym ATda3zHoM
aKTUBHOCTU mpuxonuiics Ha 130 MM Na* u 20
MM K'. AT®a3a, akTuBHpyemas COBMECTHBIM
MPUCYTCTBHEM HATPHUS W Kallhsi, WHTHOMPOBa-
nack yaGanHoMm. B omy6inkoBanHO# cTatbe M.
Ckoy cooO0mmui, 9To UM HailjeHa (pepMeHTHas
cucTeMa, OTBETCTBEHHasi 3a aCMMMETPHYHOE
pacrpeneieHue HOHOB HATpUS M Kalldsl Ha MEM-
OpaHe BO30yIHMBIX KJIETOK; OH Ha3BaJ ee Na/K-
3aBucuMoit Mg-aktusupyemoit ATdazoit (Skou,
1957). C sToit myOnuKaluy U Ha4aaach UCTOPHUSI
HccienoBaHus ydacTus Na-Hacoca B (pyHKITHO-

HUPOBAHHUH BO30YIMMBIX KIJIETOK.

CsoiictBa Na/K-AT®a3bl

®epment Na/K-ATda3za BXOIHUT B COCTaB
HApYXHBIX IUIa3MaTHYECKUX MeMOpaH Bcex

KJICTOK JKMBOTHBIX B Ka4€CTBEC HWHTCTPAJIBHOI'O

6enka. OH oOecrieunBaeT MpeBpalleHe SHEPruu
AT® B 3HEpPrul0 rpaUeHTOB OJHOBAJIEHTHBIX
HMOHOB HaTpHs U Kajus B crexuometpun 1 AT :
3 wonHa Hatpus : 2 woHa kanus. Tepmun Na/K-
HACOC SIBJIACTCS CHHOHMMOM TepmuHa Na/K-
AT®da3za. OyHKIIMOHATRHAS eAMHUIA (EepMEHTa
(Ha3pIBaeMas MPOTOMEPOM) IpEACTaBIEHA TJIO-
OyJIO#, coCTOSMIEeH U3 ABYX HMENTHIHBIX IIETICH,
Ha3bIBaeMbIX 0- U B-cyObenuuunaMu. bonpiias
cyObeamHUIA (0) UMEET MOJIEKYIISIPHYIO Maccy
okojo 100 x/la 1 HECKOJIBKO MPOTSHKEHHBIX IO-
CJIEZIOBATEIbHOCTEH, COCTABICHHBIX TUAPOPOO-
HBIMH aMHHOKHUCIIOTaMH, YTO ITO3BOJISIET €M IIpo-
IIMBATH IIJIa3MaTnyecKyto MemoOpany 10 pas, npu
5ToM U C- 11 N-KOHIIBI 00OpAaIeHbI B IIUTOILIIA3MY.
B nuromnnasmy kieTku oOpanieHsl U ruApoduih-
HbIE METJIM MEXIY 2-M U 3-M U MeX1Y 4-M U 5-M
cermeHTaMu. Ha mocnennei netie pacnonosxkex
AKTUBHBIH LEHTp (epMeHTa. VOHHBIE LEHTPBI
TaKxe GOpMHUPYIOTCS Ha 0-CyObeauHune. B cBs-
3bIBAHUM HMOHOB INPHHUMAIOT ydacTHe KapOoK-
CHJIBHBIE TPYTIIIBI JUKAPOOHOBBIX aMHHOKHCIIOT,
JIOKaJIM30BAHHBIX Ha 3-M M 6-M TpaHcMeMOpaH-
HBIX CErMEHTaXx.

B-cyOobenuHuIia mpeacTaBaseT coOoi rim-
KOIIPOTENH, OeIKOBask YacTh KOTOPOI'O COOTBET-
CTByeT MoJIeKyJsipHOi Macce 35 k/la, a monHas
Macca KojieOJeTcsl B 3aBUCUMOCTH OT THIIA TKa-
HU U Apyrux (akTopoB B mpemenax 45-55 k/la.
Ora cyOpenuMHUIA TPOHU3BIBAET MEMOpaHy
OJUH pa3, 1 ee N-KoHel| 00pallleH B IIUTOIIA3MY.
C-KOHIIeBast 4aCTh COJEPKHUT YETHIPE LIUCTEHHO-
BBIX OCTaTKa, COEIIMHEHHBIX IBYMsI TUCYIb(UI-
HBIMH CBSI3IMH. DTa YacTh METTHIHOH IIETTH CMO-
TPUT BO BHEIIHIOI CPEIy U COACP)KHUT YUaCTKH,

MOABCPracMbI€ INiMKO3UJINPOBAHUTO.

CxeMma padoTsl pepMeHTa

Kak tunuunas ATdaza P-tuma, Na/K-
AT®a3za obnazaet criocOOHOCTHIO HAXOIUTHCS B
JByX OCHOBHBIX KOH(OpMAaNMsIX, 00JagaroInx

BBICOKMM cpozacTBoM K moHaM Hatpus (El) wim
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kanusi (E2). WcxonHol koH(popMainueii MOXHO
cuutats El, mockoneky npumepHo 70 % moue-
KYJI HaXOIUTCS B 3TOW KOH(POpPMAIMU B Cpele,
/i€ He IPUCYTCTBYIOT HU HATpUid, HU Kanui. [le-
pexoa Mexy KOHGOpMALUSIMHA MOKHO HHIYIIH-
poBaTh 100aBJIEHHEM COOTBETCTBYIONIUX KAaTHO-
HOB, XOTS IJISI 3TOTO TPeOyIOTCA 3HAYUTEIIHHO
OoJpIIMe KOHLEHTPAIH HOHOB, YeM HMEIOTCS B
KJIETKE.

E2 — El nepexoa CcyleCTBEHHO yCKOPSIETCS
npu 3ammenaquBaHuy cpeasl. ATD Takke CIIyKuT
aKTHBATOPOM 3TOr0 IEepexo/a, IpUIeM aKTHBHbI-
MU SIBJISIOTCSA KOHIIEHTPALIMH, COOTBETCTBYIOIINE
¢uznonormueckuM (>0,5 MM). ATD yBennuusa-
€T CPOACTBO (pepMeHTa K MFOHAM HATPHUS U CHIKa-
€T CPOJICTBO K HOHaM Kaius. Takum obpaszom, o
3aBEepIIEHUH THAPOIUTHYECKOTO IMKJa TpaHC-
¢opmams E2 B El ycunuBaeTcs mpu CBsI3bIBa-
Huu pepmenrom AT®D, eciiu OH MPUCYTCTBYET B
KOHUEeHTpauusax cseime 0,5 MM.

DTO CBOWCTBO (epMeHTa OOBACHSET, IO-
yeMy (epMEHT AEMOHCTPUPYET JBE KOHCTAHTBHI
cBsa3bIBaHus AT® — HaTpueBas U KanueBast KOH-
¢dopmannu pepMeHTa pa3INdaloTCs 0 CPOJICTBY
K cyOcrtpary. YmakoBka o0eux KoH(popMaiuii

(depMeHTa mpezcTaBieHa Ha puc. 1, 13 KOTOPOTro

E2(K)

Manaa
netna

NH

HapyxHan

TpaHCMemBRaHHEE
CErMEHTE

BHyTpeHHAR

Puc. 1. /Ie konpopmannu Na/K-ATdaze

NH,

BHyTpeHHAA

BHTHO, 4TO KOH(opMariust pepmeHTa B MEMOpaHe
U3MEHSEeTCs TP KOH()OPMAIIOHHOM IIepexoie.

YkazaHHble KOHPOPMAIUK Pa3IN4aloTCs
[0 YYBCTBUTEIBHOCTH K CIEHH(PHUECKOMY HH-
rubuTopy yabauny. LleHTp cBsi3piBaHus yabau-
Ha dopmupyercs Ha koHdopmepe E2, HO mpak-
THYEeCKH OTCYTCTByeT B koHpopmaruu El. Ilo
9TOi IpUYKHE yabauH, KaKk U APYTHe ceplcUHbIe
riuKo3uibl, 3G dexTuBHO CBs3bIBaeTCs ¢ pabo-
TAIOIUMH MOJICKYJaMd (epMeHTa (B MOMEHT
oOpa3oBaHusi kanueBoro koHdpopmepa E2) u
NPaKTUYECKH HE BIHSACT Ha ()EPMEHT B HEAKTHB-
HOM COCTOSIHUH.

B camom Hauvane wuccimemoBannii Na/K-
AT®azpr M. Ckoy 3amnTepecoBaics (pochopu-
JUPOBaHHBIM HHTEPMEIUATOM, BO3HUKAIOLINM
npu uHKyOanuu ¢epmenta ¢ ATD-P? B mpu-
CYTCTBUHU MOHOB HAaTpHs. YPOBEHb HHTEpMeIna-
Ta MOXET OBbITh MOHWXEH MPU TMOCIEAYIOMEH
WHKyOalMu CYCIICH3MH ¢ MOHAMH KaJIUs WIH C
CY-meuensiM AJI®. B mocnennem ciyyae oOpa-
syercst AT®, Hecymmii 1BoiHYyI0 MeTKy — C* 1
P32, Tlpu noGaBieHud MOHOB Maruus aedocdo-
punupyromuid 3QGeKT Kajdus COXpaHsSeTcs, HO
AJ1® yxe He criocobeH BbI3bIBaTh Aehochopu-

nupoBanus EP.

EqNa

Manaq
nerna

Bonewan
METnA

Hapy:xHan

TpaHeMemMBp aHHEIE
CEerMEHTH
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1. Ckoy MHTEpIIPETHPOBA 3TH JaHHBIE Ta-
KUM 00pa3oM, 94To ABe KoH(popMmauu GpepMeH-
Ta CIIOCOOHBI HaXOAUThCs B (pochopuinpoBaH-
HOM cocTossHuH, HO oOpa3oBanue E1P uz ATD
obpatumo, u (ocdar MOKHO «BO3BPATHTHY B
aneHusoByto cuctemy. El cmocoben uactnd-
HO npeBpamatecs B E2, u 3TOT mepexoxn ycko-
psercst nonamu Mmaruus. O6pasytomuiics E2P
MOXKeET J1ehoChHOPUINPOBATHCSA B MPUCYTCTBUH
MOHOB Kajus TOJIBKO ¢ 00pa3oBaHMEM Heopra-
Huuyeckoro docdara. Takum oOpasom, HaTpHit
BBICTYNAaeT KakK akTUBaTop cranuu Qocdopu-
JIMPOBaHMsI, a Kanuit — aedochopuiinpoBanus,
IpuYeM MarHuil yckopsieT HeoOpatumsbrii El —
E2 mnepexoxa. Takum o00pa3oM MOCTYJIHPOBa-
J10ck, uto 3Heprusi AT® pacxonyercst Ha nepe-
BOJI MoJieKyJibl (hepmeHTa 3 Na-koHdopmanuu
B K-xondopmanuto. B nmepsom ciiyyae pepmerT
CBA3BIBACT HATPUH (CO CTOPOHBI ITUTOIIA3MBI),
BO BTOPOM — OTZIA€T HATPHUH U CBSI3BIBACT KaJIUH
(c BHEIIHEW CTOPOHBI) 32 CUET U3MEHHBIIETOCS
CPOZICTBA K 3THM HOHaM. B cooTBeTcTBHM C H3-
MeHsmumMces cpoactsoM ATda3sl k HOHAM Ha-
TPHS ¥ KaJusl HAXOAUTCS W KPUBAs 3aBHCHMO-
CTH aKTHBHOCTH OT cooTHomenus Na/K — ona
HAIIOMHHAET, 110 BhIpaxeHnio M. Ckoy, muismy
Hamnoneona (puc. 2A).

[NMonavany 3T mpeAcTaBICHUS CTanu 00b-
€KTOM KPHUTHUKH, BBI3BAHHOH HEOOBIYHOCTHIO
CBOICTB JIaHHOM TPAHCHOPTHOM cUCTEMBI. [ 1aB-
HOe Bo3pakeHue BeIIBHHYI Pobeprt [Toct, 0Opa-
THBIIWH BHUMaHHUE Ha TO, 4TO ¢ocdodepmeHT
MOXXHO TIOJTYYHUTh TOJIBKO B Cpelie, He coleprKa-
miei MOHOB Kalius — B ero npucyTcTBUU EP ObI-
cTpo rugponusyercsa. Ecnu npu omHOBpeMeHHOM
JN00aBIICHNH K IIpenapaty pepMeHTa 1 HaTpHsl, 1
kanust pochodepMeHT He yaaeTcs 3aperucTpu-
poBaTh, pa3Be 3TO He 3Ha4uT, yTo EP He oOpa-
3yETCs U B IPOIIECCe IUKINUSCKON paboThl (ep-
MeHTa?

OTBET Ha 3TOT BONPOC OBLI OCHOBHBIM IS

BEIOOpa KHHETHYeCKOW cxembl paboTer Na/K-

AT®a3p1. OH ObLI MOJYUYEH B ONBITaX C IpUME-
HeHueM Tspkenod Boxel H,O%. Ucmonb3ys Ty
BOJy KaK Cpeny peakiih, MOXXHO ObLJIO pac-
CUUTBHIBATH, 4TO B npoaykre ATda3bl, Heopra-
HU4YeckoM (¢ocdare, Oyaer O0OHAPYKUBATHCS
110 KpaiiHelH Mepe OIMH aTOM «TSDKEJIOro» KHcC-
smopona. Ecnu B xome AT®asnoii peakuuu 00-
pasyetcs pochodepMeHT, BpeMs KU3HH KOTO-
pOro CpaBHUMO €O CKOpocThio O'8-00MeHa (cM.
puc. 2b), B HeopranudeckoM QocdaTte TOIKHO
00OHapy)KuThcst Oosiee omuoro atoma O, mpu-
YeM BeJINYMHA BKIJIIOYEHUS JOJDKHA OBITH IPSMO
MPONOPIMOHANIbHA JJINTENBHOCTH CYIECTBOBA-
aust EP (ITarteneesa, 1975). Ilpum moctatodHO
JUIUTENbHOW HMHKyOauuu QepMmMeHTa B peaxiu-
OHHOM cMecH, coJieprKalllei Bce KOMITOHEHTHI pe-
aKIIMK, TOJHBIA ruaponu3 nobasicHHoro ATO
MIO3BOJISI HAKONMTH AKBUBAJEHTHOE KOJIMYe-
cTBO Heopranuueckoro ¢ochara Pi u usmepursb
C IOMOUIBIO MAacC-CIIEKTPOMETPa COOTHOIICHHE
O%/P. DT OOBITH TIOKAa3add, YTO TpH pabo-
te Na/K-AT®a3sl B ogHy (ocdaTHyio rpymmry
BKJIIOYAETCsl JIOCTOBEPHO OOJIbIlIEe KOJIHMYECTBO
«TSKEIJIOr0» KUCIIOPOAa, YEM OJIMH aTOM, 4TO CO-
OTBETCTBYeT oOpaszoBanuio EP B xome pabGoThl
¢epmenta (bomasipes, TBepaucios, 1978).

Bonee Toro, okaszanoch, 4TO yBEJIHUCHHE
KOHLIEHTPALlMX MOHOB MarHus B cpejie MHKyOa-
MY, akTuBHpylomee ruaponn3 ATD, cauxano
BennuuHy O'/P, a H3MeHeHHe COOTHOIICHUS
Na/K B 00€ CTOpPOHBI OT ONTHMAaJIBHOIO yBEIH-
YUBaJIO 3TOT Kodddunuent. JIpyrumu cioBamu,
MarHui yBeJIuunBal 4icio 000poToB hepMeHTa
(ymenbmas Bpems xxu3Hu EP), a HeontumansHoe
COOTHOLIEHUE HOHOB-akTUBaTOpoB Na u K npo-
SIBJISLIIO TIPOTUBOIONOXKHOE nericTBue (CMHUpHO-
Ba u ap., 1977).

HHTepecHo, 4TO B NpUCYTCTBUU yabOauHa,
SIBIISIFOLIETOCS] HEOOPATUMBIM HEKOHKYPEHTHBIM
HHTHOUTOpPOM 3TOro (hepMeHTa, JIMTEIHHOCTD
BpEeMEHH, HEOOXOAMMOTrO JUIsl TIOJIHOI'O THAPO-

nu3a AT®, Bo3pacrana, HO 3HAYEHUE KO PPHUITH-
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Puc. 2. 3aBucumocth akTuBHOCTH Na/K-AT®as3st ot cootHomenust Na/K (A) u cxema ruaponusa ATD B cpene ¢
Tspxesoi Bopoii (H,0%) (B). Bennuuna '*0-o6MeHa B xo1e paboThl pepMeEHTa yKa3aHa 0] KPUBOM 3aBUCHMOCTH
runponnza ATO ot coorHommenust Na/K
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eara '8O/P He WU3MEHSIOCHh, MOCKOJIBKY yabauH
BEIKITFOYAN U3 paboThl 9acTh Monekyn ATdaszsl,
a OCTaBIINECS aKTUBHBIMH MOJIEKYNBI IIPOXOII-
aiau paboTarh MO TOH ke cxeMe. B Hacrosmee
BpeMsi oOmienpuHaTas cxema rugponuza ATO
Na/K-AT®a30ii BKITtO9aeT cTaguu 00pa3oBaHUS

u npespateHus Gpocdodepmenra.

Perynupyromas poas AT®

AHanu3 KpUBbIX aKTUBAIUH (pepMeHTa IpH
u3MeHeHnu cootHouienus Na/K B npucyTcTBun
pa3ubix KoHueHTpauuih AT® wunu HyKI€O3U.I-
TpudocdaTos pazHoii npupoxsl, npusen M. Ckoy
K elle OJHOMY Ba)KHOMY 3akiioueHuio. Kak
BuJHO Ha puc. 3A, K, s 11 HaTpus npu HU3KOM
koHueHTpauuu AT® cocrtaisteT okoso 115 MM
U CHIKAETCS IPOMNOPLHOHAIBHO YBEIHYCHHUIO
KOHLIEHTpauuu cybcrpara. J[pyrumu cioBamu,
AT® cnocoben yBenuuuBaTh cpoacTBo ATdassl
K HAaTpHIO (3G (EKT Ha CPOACTBO K KAIHIO IPOTH-
BOIIOJIOJKEH, HO HE 3aMETEH Ha MIPUBEIEHHOM pU-
CYHKE M3-3a MCXOJHO OoJIbIIero cpoicraa ep-
MEHTa K 3TOMYy HOHY). 3ameHa AT® nHa mpyrue
cyOcTpaTsl M3MEHSET MPO(QUIb HOHHON KpUBOH
B TAKOM K€ HaIIPaBJICHUH, UTO U CHI)KEHHE KOH-
ueHTpaunu AT®. Bce 3T0 mM0o3BOIUIO yTBEpXK-
naTh, uTo AT® sBIsSETCS HE TOJIBKO CyOCTpaTOM,
HO 1 MonynaTopoM Na/K-AT®aszsl, perynupyro-
MM €€ CPOJACTBO K IEPEHOCHMBIM KaTHOHAM.
Jdpyrue HyKI€OTHABI HE CIIOCOOHBI MOIYIIHPO-
BaTh CPOJCTBO K MEPEHOCHMBIM HOHAM, XOTS UX
THUAPOIIN3 TAK)KE IIPUBOAMUT K aKTUBHOMY TpPaHC-
nopty noHoB (boxasipes, TBepaucios, 1978). Ha
puc. 3b BunHo, uro 3ameHa AT® Ha npyrue Hy-
KJieo3uATpudochaTs paBHOLICHHA YMEHBLICHUIO
koHHeHTpanun AT® B MHKYOaIIMOHHOU Cperie.

JlefCTBUTENIBHO, IIPU TE€X KOHLEHTPALUAX
AT®, xoTOpble UMEIOTCS B BO30YIHUMBIX KJIET-
Kax, 3a okoHuyanueM AT®da3Horo 1ukiIa u oopa-
3oBaHueM E2 xondopmamuu dpepMeHTa NOIDKEH
obicTpo cienoBats E2 — El nepexon, nuHaynupy-

eMBIif BRICOKUMU KOHIEeHTpanusmMu ATD. Cy6-

ctparHas 3aBucuMocTh Na/K-ATda3sl mokasbl-
BaeT, YTO C POCTOM KOHIIEHTpaunuu cyOcTpaTa
HaOII0aeTCs OTKJIOHEHNE KPUBOH OT TUITUYHON
«Mnxa3IrcOBCKOM» 3aBUCUMOCTH U IOSIBIICHHE
MIPOMEXYTOYHOTO IIaTO (puc. 4A). PakTHUYECKH,
CTPOTHil aHaIU3 3TOM CIIOKHONW KHUHETHYECKOMN
KPHUBOH TIIOKa3bIBae€T, YTO OHA IIpPeACTaBJICHA
CYMMOH KPHBBIX — HOXOXeH Ha THrepOoIy npu
HU3KUX KOHIEHTpauusix cyocrpata (kpusas 2) u
BBICTYHAONIEH B KaUeCTBE CUTMOWBI IIPU KOH-
nentpanusax ATO ceoeime 0,5 MM (kpuBas 3).

ITepBast yacTh 3aBUCHMOCTH, PETUCTpPUPYE-
Masi MpH HU3KUX KOHLEHTpalusx cyOcTpara,
XapaKkTepu3yeTcsi OTPUIATEIbHOW KOONEepaTHB-
HocThI0 10 AT® (k03 dunment Xumnna <1). Cur-
MouJa, BO3HUKAOIasl IPH HOBBIIIEHUH KOHIICH-
Tpalnuu cyocTpara, OTPaKkaeT MOJIOKUTEIbHYIO
KoorepaTuBHOCTE (epmeHTa o AT®, 3Ta gacTs
KPHUBOH COOTBETCTBYET KO3 duIueHty Xuia,
CYWIECTBEHHO OouiblieMy 2 W 3aBHCAIIEMY OT
yCcIOBHH HWHKyOanuu (Temmeparypa, MpHUCYT-
cTBHUE JleTeprenToB). Kak oTpunaTtensHas, Tak U
MTOJIOKUTEIbHASI KOONIEPATUBHOCTH MOT'YT UMETh
PasIMYHYI0 IPUPOAY, OCHOBBIBAIOIIYIOCS M Ha
BHYTpPHOEIKOBBIX, 1 Ha MEXOEIKOBBIX B3aMMO-
neiicteusax (Kopaum-boynen, 1979; KypraHos,
1978).

JI71st mposiCHEHM I HTOT0 BOIpoca ObLIIO IIpo-
BEJCHO CpaBHEHHE CBOWCTB HATHBHOTO (CBf-
3aHHOTO ¢ MeMOpaHoi) ¢epMeHTa U (pepMeHTa,
COJIIOOMIIM3UPOBAHHOTO HEMOHHBIM JIeTepPreH-
toM C,Eg. Okazamace, uto mocie o0paboTKu
(dbepMeHTa IeTepreHToOM HavalibHasl 4acTh CyO-
CTpaTHOH KPHMBOH OcTaBajach 0e3 M3MEHECHHS,
COXpaHsIs OTPUIATENIBHYIO KOOIIEPATUBHOCTH 10
AT®; BTOpas gacTs KpuBOii ucuesana (puc. 4b).
ITockonbky 00paboTKa AETEPreHTOM paszpylia-
eT OEIKOBBIE acCOIUAThI, IMOJyUYEeHHBIE JaHHBIC
CBUJIETENIBCTBYIOT, YTO CUT'MOUAAJIBbHAS KPHUBAs
OTpaxkaeT B3aUMOJICHCTBHE MEXIy OEITKOBBIMH
MIPOTOMEpPaMH, a OTPULIATENbHAsI KOOIEpPaTUB-

HOCTB TIPHCYIIa IIPOTOMEPY caMoMy IIo cele.
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CorjacHO KJIAaCCHYECKONH KHHETHKE, (ep-
MEHTHI, BKJIIOYAIONIAE B CBOW IIMKI CTaIHIO
penaKkcamuy, IOJKHBI XapaKTEpHU30BaThCA KH-
HEeTUKOH P30mHA, TPOSABIAS OTPHUIATEIHHYIO
KooneparuBHocth 1o cybcrpary (bongsipes,
MenbryHos, 1985). To, uTo 06paboTKa AeTepreH-
TOM HE YCTPaHSET OTPHULATEIbHON KOOIIepaTHB-
HocTH 110 AT®, noATBEpkKAAET PEIaKCAlUOHHBII
xapakTep padboTsl Na/K-Hacoca kak MOJIEKYJIsp-
HoH MamuHbl. OTHOBPEMEHHO 3aBUCUMOCTH KOO-
NePaTUBHOCTH B paboTe GpepMeHTa OT (haKTOPOB,
BIIASIIOIIUX HA YIaKOBKY MEMOPAaHHOTO OHCIOS
(Temnepatypa, 0o0pabOTKa AeTepreHTaMH, KOH-
meHTpamus AT®), yka3siBaeT Ha CIIOCOOHOCTH
Na/K-Hacoca 00pa30BbIBaTh OJIMTOMEDHI, (YHK-
[IMOHANIbHAST aKTHBHOCTH KOTOPBIX MOXKET KOH-
TponupoBathes ATO.

WHTepecHo, uTo cyOcTpaTHas 3aBUCUMOCTD
Na/K-AT®a3s1 nocie aTaku CBOOOAHBIMH pajiu-
KaJlaMu IproOpeTaeT B KPUBOH, IpHUCyIIeH He
B3aUMOJICHCTBYIOIIUM IpoTOMepaM. Jlpyrumu
CJIOBaMH, OKHCIUTEIBHOE IOBPEKICHUE IIPHU-
BOJIUT K yTpaTe CIOCOOHOCTH MPOTOMEPOB (hep-
MEHTa B3aUMOJICHCTBOBATH APYT C IpyroM. AHa-
smoruyHo 3tomy u Na/K-AT®aza, BbimeneHHas
M3 MO3Ta JKUBOTHBIX MOCIIE IKCIIEPUMEHTAIEHON
UIIEMUH MO3ra (MHCYJIbTa), Ipu ruaponuse ATO
JEMOHCTPUPYET CYOCTpaTHyr 3aBUCHMOCTB,
XapaKkTepHYO AJIsl COMOONIM3MPOBaHHOTO dep-
MEHTA.

Hackonbko BakHa CrIocOOHOCTH (hepMeHTa
pearupoBaTh HOBIIICHUEM aKTHBHOCTH ITPH BO3-
pactanuu koHneHtpanuu AT®, MOXXHO BUAETH
Ha puc. 5. I3Mepenne cyOcTpaTHO 3aBUCIMOCTH
1utst Na/K-ATdassl Mo3ra 1pu pa3HbIX 3HaYE€HH-
sx pH o0HapyXMBaeT BaKHYIO 3aKOHOMEPHOCTB!
3aKUcieHue cpenbl 10 pH 6 IpUBOIUT K BBIPOXK-
JCHHIO CIIOXHOU KPHBOU B 3aBUCHMOCTb, ITO100-
HyI0 runepbosne. OTo aedictBue pH obpaTumo, u
IIPU BOCCTAHOBJICHUH HOPMAaJIbHOU KUCIIOTHOCTH
cpensl (mo pH 7,4) BoccTaHaBIMBaeT THIIHYHYIO

KPHUBYIO C TPOMEXYTOUHBIM I1aTo. Ecitn yuecTs,

YTO 3amiesauvBaHue cpeasl yckopser E2 — El
mepexoi (a 3aKUCIIEHUE CPEIbl 3aMENIISIET €ro),
Mbl MOKWMEM, YTO MaHunyianuu pH saBistorcs
CrocobOM perylnupoBaTh CKOPOCTb — JIUMHTH-
pyIOLIyIO CTaauI0 peakiuu. B mo3sre, rae Hapy-
IICHHS KPOBOCHA0OXKEHU ST 0COOCHHO T'yOHTEITHHBI
U MOTYT IIPUBECTH K alujo3y, OAHUM M3 CJell-
cTBHif aruao3a Oynet Topmoxkerune Na/K-Hacoca
3a CUeT 3aMe/JICHUs JTUMUTHPYIOIEH CTajuu.
3T0, KOHETHO, TIPUBEICT K COCPEIKESHUIO KIIETOU-
HbIX 3anacos 3Heprun (Na/K-Hacoc 3aTpaunBaer
oxoino 40 % Bceli sHepruM HeHpoHa), HO MOCTa-
BUT I0]] yTPO3Y KU3HECTIOCOOHOCTH U (PYHKIIHO-
HAJBHYIO aKTUBHOCTH KJICTKH.

JIns1 3TOTrO ONIAceHM st UMEIOTCS IBE TPUUMHBIL:
OJTHA OYEBHHA U COCTOHUT B YCKOPEHHOM HCUEp-
[MAaHUH HOHHBIX TPAJIUCHTOB; Ipyrasi 00HApYIKCHA
HeaBHO 1 OyZeT 00CcykIeHa B KOHIIE ATOr0 0030-
pa— OHa COCTOHT B TOM, UTO C ITOMOIIIBIO CIIEIIH-
anpHBIX MexaHu3MoB Na/K-AT®a3a BoBiekaeTcs
B MPOIECCHl BHYTPUKJIETOYHOH CHTHAIW3AINHI
1, HAXOMSCh B COCTOSHUW aKTHBHOCTH, TPEIISAT-
CTBYET HAKOIUICHUIO aKTUBHBIX (HOPM KHCIOPOaa
(ADK) B HeitponanpHOi kieTke (Boldyrev et al.,
2003). YrHeTeHue aKTUBHOCTH (pepMeHTa B He-
poHax mpueneT k HakoreHutro ADK u coznpa-
HHUIO YCIIOBUM JJIs1 OKUCIIUTENIBHOIO CTpecca.

Heiicteue AT® na Na/K-Hacoc ciienyet cun-
TaTh BBHICOKOCTICIU(DUYHBIM, TOCKOIBKY APYTHE
HYKJICO3UATpU(OCATHI, TAKKE «MAKPOCPIrHIe-
CKHME» COCIUHEHHUsS, TUIPOIU3yeMble (HepMeH-
TOM U 00ECIIeYNBAIOIINE AKTUBHBIH TPaHCIIOPT
HaTpUs W Kallusl, HE MPOSBIISIOT MOJOXKUTETb-
HOW KOOTIEPATHBHOCTH B KOOpAHMHATaX XWILIA.
Haunsie mo xoomeparuBHOcTH Na/K-AT®a3b
cBeieHHI B Ta0m. 1. B Hell miist cpaBHEHUS TpH-
BEJCHBI pE3yJIbTAaThl pacyeTa KOI(PPHUIIHSHTOB
Xwiia 1mo HaTPHIO U KaJIAE0, BEIIMIWHA KOTOPBIX
HE 3aBUCUT OT CBOWMCTB JIMITHUHOTO OKPY>KEHHS
(depmeHTa.

Takum 00pa30oM, OBLIIO MOCTYIUPOBAHO, YTO

AT® =He TonpKO CyOCTpaT W UCTOYHHUK SHEPTUH
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Puc. 5. 3aBucumocts cyOctpatHOl kpuBoil mist Na/K-AT®azel mpu pasiuyHBIX 3HAYEHUSX KUCIOTHOCTH

cpenbl

Tabnuua 1. Koadpuuuentsr Xumna qis Na/K-AT®da3zel no cydcTparaM U HOHaAM-aKTHBAaTOpaM, U3MEPEHHBIC B

Pa3HBIX YCIOBUSIX

. YciaoBusa nHKyOauuu
AHaJIM3UpyeMblit
f—— B 00J1aCTH HU3KUX B 001acTH PU3HOJOTHUECKUX o6paboTka
KOHLEHTpanuii cydocTpara KOHLEHTpanuii cydocTpaTa JeTepreHToM

AT® 0,8-0,9 3,4 L1
I'TO 1,0 1,0
YTO 1,0 1,0

Na+ 2,3 2,3

K+ 1,2 1,3

JUTsL TPAHCIIOPTA HOHOB, HO M Moxyisitop Na/K-
HAacoca, CIIOCOOHBIN BBIONHATh KaKyO-TO eIle
(YHKIMIO, HE NPUCYIIYIO OPYTHM MaKpOepru-
4YeckuM cyOctparaM. B coOTBETCTBUHM C ITHM
rpaduku AppeHHyca, KOTOpbIe OTpPa)karoT JIH-
MUJHBIA KOHTPOJb 3a paboToil MeMOpaHHOTrO
(depmeHTa, pe3ko pasaudarTcs 111 ATD u npy-
rux Hykjaeotu1oB. Kak umnroctpupyer puc. 6, Ha
TEMIEPATYPHOU 3aBUCUMOCTH Truaponusza ATO
Na/K-AT®a3zoii B kooparHaTax AppeHuyca Bbl-
SIBJISIETCS] aHaMOp(o3a B TOH K€ TeMIIepaTypHOIH
obnacTu, mpu KOTOpoW Habmomaetcs (Hha30BbIil
nepexos; MeMOpaHHBIX JHMNHIO0B. bonee Toro,
coiroOmnu3anus (pepMeHTa M PEKOHCTPYKIHUS

€ro B UICKYCCTBCHHOC JIMITUAHOC OKPYIKECHUEC MC-

HSET XapakTep TeMIIEpPaTypHOW 3aBHCUMOCTH
TakKMM 00pa3oM, 4YTO CIBUTaeT TEeMIIEPaTypy
nepexona B 00NacTb, XapaKTEPHYIO LIS JINIH-
Jla, TPUMEHSIEMOro JUIsl PEKOHCTPYKUMH (IIpH
PEKOHCTPYKIHMH (pepMEeHTa B «KHIKUI» THOIIe-
nidocharnaunrinuuepu, DOPG, neperuba Ha
rpaduke AppeHnyca He HaOIrogaeTcst BOoOIe).
IMo oOmenpunsaroii Touke 3peHus (biaromen-
¢enpn, 1977, BonmeipeB, Teepamcios, 1978),
anamopdo3a Ha rpaduke AppeHuyca oTpaxxaet
YYBCTBUTEIBHOCTh MEXKOCIKOBBIX B3aMMOJCH-
CTBUH K (pa30BBIM NEPECTpOiikaM MeMOpaHHBIX
JUIHI0B — 70 (Ha3oBOro mepexona MHKpPOBS3-
KOCTb JIMITHUJIOB B OOJIbILEH CTENEHH OrpaHUYu-

BaeT OeJIOK-0eIKOBBIE BSaHMOHCﬁCTBI/IH, 4YeM IIpu
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OoJsiee BBICOKUX TeMIIeparypax, KOTAa JIMITH]IbI

OKa3bIBAKOTCA YIIAKOBAHHBIMHU Ooiee PBIXJIO.

Oumnromepnas opranmn3anus Na/K-AT®a3s1
B MeMOpaHe

ITpoctoe cpaBHeHue rpadukoB AppeHnyca
st Na/K-AT®as3bl, ruaponusytomeit ATO wnu
apyrue nHykaeotuasl (YT®, I'T®), BeisaBaser
MeXaHH3M, 110 KoTopoMy AT® BBITIOTHSAET CBOIO
pOJb perynaropa akTUBHOCTH ¢epmeHTa. Ipa-
¢buku AppeHuyca Juisl Jpyrux cyOCTpaToB oka-
3bIBAIOTCS TUHEHHBIMH. Clle10BaTeNbHO, MOKHO
HPEAIONIONKUTh, YTO (EPMEHT, KOTOpPBIA MHpU
rusponnze ATD BbICTyNaeT Kak OJIUIOMEp, UC-
HOJIB3Ys IPyTHe CyOCTpaThl, TEPSIET CIIOCOOHOCTh
K MEXOEJIKOBBIM KOHTaKTaM. VIHBIMH cIOBaMH,
Momuduiupyromiee aeiicrerue AT® BoipaxcaeTcst
B €r0 CIIOCOOHOCTH OPraHM30BBIBATH MOJICKYJIBI
Na/K-Hacoca B 0IUTOMEpHBIC aHCAMOJIH.

OnHako KMHETHYECKOE IoBeeHNe (pepMeH-
Ta, CBUJETEIBCTBYIOLIEE O €r0 BO3MOXKHOW OJIU-
TOMEPHOH NpPUPOZE, MOXET paccMaTpUBATHCA
TOJIBKO KaK yKa3aHHEe Ha TaKyl BO3MOXKHOCTb.
JlokazaTesbCcTBOM OJINTOMEPHOTO yCTPOMCTBa
(depMeHTa KUHETHYECKUil aHaliu3 ObITh HE MO-
xeT. OJHaKO HENaBHO TOSIBHJINCH M HpPSMBIC
JokasarenbcTa Toro, uto Na/K-AT®daza dyHk-
LUOHUPYET Kak onuromep. OqHuM u3 Haubomee
OPSAMBIX (DPU3NYECKHX METOJNOB, MO3BOJIMBLIMX
paccuuTaTh MOJICKYJISIpHBIE pa3Mepbl (QyHKIIHO-
HaJIbHOW eIMHUIBI (pepMeHTa, CIyXaT METO.
«(pmamr-poTonuza» (cTporoe Ha3BaHUE MeTOnA
B aHIJIOA3bIYHON JuTeparype «Time-resolved
phosphorescence decay»). KoBanerTHOe MeucHmEe
npenapata Na/K-AT®a3bl QuyopecieHTHbIMU
METKaMH (HampuMmep, >03WHU30THOLHATAHOM)
HO3BOJIIET M3MEPUTH MNoJsipusanuio Qayopec-
LEHIUH METKH TII0ciie €€ KpPaTKOBPEMEHHOTO
BO30Y KJICHHS BCIIBIIIKON Jiazepa. Xapaktep 3a-
TYXaHHs CUTHaJa IOKa3bIBaeT, CKOJIBKUMHU JKC-
HOHEHLMATbHBIMH KOMIIOHEHTAMH OIMChIBACTCS

n3MepsieMas KpuBas, a CKOPOCTb 3aTyXaHUs 11O~

3BOJISIET PACCUUTATh MOJIEKYJISIPHBIE pa3Mepsbl
r700yIIbl, K KOTOPOH INpHKperuieHa MeTka. Me-
TOJ MMEET ANl JONYyIIeHHH (OAHHUM H3 YCIOo-
BUH SIBJISIETCSA 3HAYUTENIBHOE Pa3lIndue MEXKIY
MOJICKYJISIDHBIMH Pa3MepaMH METSIIUXCS TJI0-
Oy, 9TOOBI MOKHO OBLIIO OTBETHTH Ha BOIIPOC,
CKOJIBKO 9KCIIOHEHI[UAJIbHBIX KOMIIOHEHT BHOCHT
BKJIaJ B KPUBYIO 3aTyXaHHsl CHTHania). Baxxno
TaK)K€ HMMETh OBICTPOJECHCTBYIOIIYIO CUCTEMY
N3MEPEHUs U UMETh BO3MOKHOCTh HAYMHATH H3-
MEpPEHHs KaK MOXKHO paHbllle NOC/Ie OKOHYAHUS
na3zepHo# Benblky. Ho ecomm Bce 3Tn orpanuye-
HUSI IPEOJOJIEHBI, MO)KHO PACCUMTATh U pa3Me-
pBl QYHKIHMOHATIBHBIX €IMHUI], U COOTHOLIEHHUE
MEX]y pa3HbIMHU 10 pa3Mepy YacTHIIAMU B IIPU-
CYTCTBUU Pa3INYHbBIX JIUTAH/IOB.

[TpumeHeHue TOro MoOAX0Aa K MCCienoBa-
nHuto Na/K-Hacoca mo3Bonmio mokasaTb, 9TO B
MeMOpaHHBIX IIpemnapaTax TPaHCHOPTHBIX AT-
®da3 303MHU30THOIIMAHATOM METSTCS YaCTHUIIBI
TPEX COPTOB — CHTHAJ OT CaMbIX MaJIONOBHXK-
HBIX TIPOIAAAeT Iociie 00pabOTKH IpenapaToB
JIETEPreHTOM — OH ITPUHAJIC)KUT METKE, CeBILEH
Ha KpyIHbIE arperarsl; CUTHAJ OT Hanbosee Obl-
CTPBIX IPUHAJISKUT METKE, Bpallarolieiics BMe-
CTe ¢ UWIMHAPOM, COOTBETCTBYIOIIHM IO pPa3-
Mepam nporomepy Na/K-nacoca (PyOroB u ap.,
1994). BpamarenbHasi IIOABHKHOCTH 3TOW METKH
HE 3aBHUCHT OT IPUCYTCTBUS JUTranaoB. CpenHue
110 BpallaTeIbHOW IMOABM)KHOCTH YaCTHIIBI CO-
OTBETCTBYIOT, [I0 KpallHEH Mepe, JuMepaM, Co-
CTOSIIIMM H3 OBYX mpoToMepoB (af)2. M3mepe-
HUE BpalllaTeJIbHOM MOABMIKHOCTU 3TUX YaCTHII
3aBHCHT OT yCJIOBUU MHKyOauu (Tad. 2).

OTH OSKCHEPUMEHTHI TO3BOJISUIM IIPEAIIO-
jaraTh, YTO B XOAE THAPOIUTHYECKOTO ITUKJIA
WHTEHCUBHOCTh B3aWMOJACHCTBHS IIPOTOMEPOB
MOXET M3MEHSTHCS, TaK YTO HAa OAHHUX CTATHIX
LUKJIA B3aUMOJICUCTBHUS OCHAONSIIOTCS, U OHH
BBICTYNAIOT KaK WHAMBHyaJIbHBIE OEIKH, a Ha
JIPYrUX CTaIusX OHH MOT'YT OOBEIUHSTHCS B

Oonee BBICOKOMOJICKYJISIPHBIC aHcambOmu. Bos-
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Tabnuua 2. Bpamarensnas nonsuxHocts Na/K-AT®dassr (Boldyrev, Quinn, 1994). IIpencraBiensl 3HaYeHUS
paanyca YacTHIL, paCCYMTAHHBIC M3 BEIMYUH BPALIaTEIbHON MOABHIKHOCTH OBICTPOM U MEAJICHHOW KOMIIOHEHT
3aryxaHus GpocopecueHIH B IPUCYTCTBUU HOHOB Kanus (koHpopmauus E2) unu nHatpus (kondpopmauus El)
IpYU pa3NnUYHbIX 3HaYeHUs X pH. PacueTsl cienaHsbl ¢ yueToM U3MEPEeHHONH MUKPOBSI3KOCTH MeMOpaH, paBHOi 7,8

nya3 (20 °C) (Birmachu, Thomas, 1990)

Ycnousa nukyb6auuu E2-dopma E1-popma
pH oObicTpast MeAJICHHAsA ObicTpas MeIJICHHASA
6,0 2,4 13,2 2,2 6,9
6,5 2,5 12,2 2,4 7,9
7,0 2.4 11,0 2,4 7,7
7,5 2.4 9,8 2,3 8,4
8,0 2,4 10,3 2.4 9,4
8,5 2,3 5,9 2.4 9,7

MOXHO, HMEHHO 3TO 00CTOATEIHCTBO OOBSICHIET
pasnuuus B IaHHBIX pa3HbIX Jaboparopuil, mpu-
MUCHIBAIOIINX (YHKIMOHAJIBHBIM KOMILIEKCaM
Na/K-Hacoca CTpyKTypy OuMepa, TeTpamepa
WIH Jake eme 6ojee BBICOKOMOJIEKYIISIPHBIX 00-
pasosanuii (Hayashi et al., 1983).

IMpeacraBisier MHTEpeC NPOCIEIUTH, Kak
OBLIO JI0KAa3aHO 3TO MPEIIIONIOKEHNE U BBISCHEH
MeXaHu3M Momupuupyomero Buusaus ATD
Ha MeMOpaHHBIE IpeoOpa3oBaTeNH JHEPrUH.
[Ipu cpaBHEHUM CTPYKTYPHI HYKJICOTHIOB MOX-
HO 00HapyKuTh, uTo AT® (B 0TIH4YKE OT IPYTHX
paccMaTpUBaeMBIX COSIMHEHHUH) HMEET TPYIIITY,
CIIOCOOHYI0 IPOTOHUPOBATHCS NPU (HU3UOJIOTHU-
4yeckux 3HaueHusx pH. Jpyrumu ciosamu, npu-
COEUHSASCh K aKTUBHOMY LEeHTpY, ATD moxet
aKIENTHPOBATh NMPOTOH OT KaKOH-MHOO Mogxo-
JsiIe rpynnsl pepMeHTa.

JleHcTBUTENBHO, OOHAPYXMIJIOCH, YTO Ta-
KOM TIpYIIION SBJISIETCS HMHAA30JIbHOE KOJIb-
1[0 THCTUIMHA, JIOKAJIN30BAHHOTO HENAJIEeKO OT
N-koHIIa 0-CyOBENMHUIBI, — OTHIeTIeHne 13-
YIEHHOTO (parMeHTa, COIEpPIKAIIEero T'MCTHIH-
HOBBI OCTaTOK, JHIIACT (PEPMEHT CIIOCOOHOCTH
BOCIIpUHUMATH peryiupytouiee aericrsue ATO.
Takum o6pazom, ATD, B oTIMUHE OT y3KE MPOTO-
HupoBaHHBIX [ TD, YT® u UTO, no-sugumomy,
CIIOCOOEH JIeNIaTh TO ke CaMog, 4TO JIeaeT 3alle-

JJaYuBaHUEC CPC/bl, BbIABIIASA CJIOXHYIO 3aBUCH-

MOCTb aKTUBHOCTH OT KOHIIEHTpaIlK cyOcTpaTa
(puc. 5).

HckmroueHneM, Ka3anock Obl, cirykuT L[TD,
TaK)Ke UMEIOLIUII TPyIIIy, CHOCOOHYIO K 00parTu-
MOMY IIPOTOHMPOBAaHHIO B (PHU3NOIOTHYECKOM
unntepsaie pH. Ha camom aene LIT® Tonbko nox-
TBEPXKJAeT CACTAHHOE 3aKJIIOUCHHE, TOCKOJIBKY
B MOJENBHBIX JKCIEPUMEHTaX OH IHPOSIBIAET
cxoxue ¢ ATO® perynsTopHbIe CHOCOOHOCTH.

Takum 00pa3oM, MOXKHO YTBEPXKAaTh, YTO
npucoenunaeHne AT® k akTHBHOMY EHTPY dep-
MEHTa, HaxoAserocs B koHpopmanuu E2, oTTs-
TUBAeT NPOTOH OT ['nc-13 U BRI3BIBAET LIENYIO Ce-
PHUIO MU3MEHEHHIl B pacHoOJIOKEHUH BOIOPOIHBIX
U COJIEBBIX CBsI3€il B MpoTOMEpe, MPUBOISALINX B
urore K koHpopmannoHHomy nepexony E2 — El
(K TOHMKEHHUIO CPOJCTBA K KaJIHIO U BO3pacTa-
HHUIO — K HATPHIO).

W TyT OYEeHb NPUTOAMIINCH JaHHBIE, HONY-
YeHHBIE B Pa3HBIX Ja0OpPATOPHAX, MBITABIINXCS
BBIPACTHUTb JIByMEpHBIE KPHCTAJUIBI ()epMEHTA B
cpere c MOHAMH HaTpHs uiH Kanus. Kpucrtamis
MOJTYYaINCh Pa3HOW KOH(QUTYpaLnu, U UCIOIb-
30BaHHE WX AN PEHTICeHOCTPYKTYPHOI'O aHa-
JM3a TMO3BOJIMJIO BBISIBUTH, 4TO HarpueBas (El)
KOH(OpMalLMsI KPUCTAJIU3YETCSl TPEUMYIIe-
CTBEHHO B BHJE IpoToMmepa, a kanuesas (E2)—
peruMyInecTBeHHO B Buae aumepa (Pagel et al.,
2003; Morth et al., 2007).
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CrnenoBatenbHO, HUHAYHUpPOBaHHBIN AT
E2 — El nepexoll MOXET CONPOBOXKIATbCA U U3-
MEHEHHEM Pa3MepPOB OJIUTOMEPHOTO KOMILIEKCa
(MU CTENICHBIO aCCONMANMH BXOIAIIUX B HETO
npoTomepoB). Bompoc o Tom, mpoucxoaut u us-
MEHEHHE OJINTOMEPHOT0 COCTOSHUS (hepMEeHTa U
¢ kakoii cragueii AT®a3Horo mukKJia 3To CBsI3aHO,
OBLJT pelieH C TIOMOMIBI0 METO/Ia MOJICKYIISIPHOM
MUIIEHU. DTOT METOJ ObLI MpemniokeH B 1968
r. Ix. Kennepom u P. Meiicu 115 onpezneneHust
MOJIEKYJISIPHOI MacChl MEMOpPaHHBIX OEJTKOB, 1JIsI
OYHCTKH KOTOPHIX B TO BpeMs eIlle He OBLIO pas-
paborano agexkBaTHbIX MeT00B (Kepner, Macey,
1968). CyTh ero 3axiroyaeTcs B TOM, YTO MEM-
OpaHHBIC permaparbl JIFO00H CTENeHH OYUCTKH
MMOJBEPTal0T OOJTYYEHUI0 IyYKOM HEUTPOHOB
(0OBIYHO HCIIONB3YETCsl KOOANbTOBAs MYIIKA) U
M3MEpSeTCS 3aBUCHMOCTH OCTATOYHOW AaKTUB-
HOCTH OT JI03bI 00JTyueHUs (KOTOpast yObIBACT IO
SKCIOHCHITMATPHOMY 3aKOHY). ABTOpPHI MeTOna
BBIBENIM SMIIMPHUYECKYIO 3aBUCUMOCTH CTETICHH

yrHeTeHHUS PYHKITUHU OT O3Bl PaIHAIIUU:

M,= 6,4 - 105/ Dy,,

roe M,— MomekynspHas macca Oenka B k/la,
D — no3a paamaiuu, CHUXKaOIAsi U3MEPSIEMYIO
aKTHBHOCTEL 70 37 % OT HMCXOIHOH BEIWYMHEBI
(mPan).

[Ipy momomu 3TOro ypaBHEHUS MOXKHO
MOJIYYUTh JOBOJBHO TOYHOE 3HAYCHHE MOJIEKY-
JISIPHOM Macchl 0eliKa, OCYIIEeCTRIISIONETO aHa-
JTH3UPYEMYI0 (YHKIUIO. ABTOPBI MPOBEPHIIH
3TOT METOJI Ha HeJlaBHO ounmeHHor F,-AT®daze
MUTOXOHApPUH. ITo3xke ero ycrnemHo npuMeHu-
JIU 171 OLIEHKH pa3MepoB PUAHOJUHOBOIO pe-
nenropa.

[IpumeneHue 3Toro moaxona sl OUEHKH
MOJICKYJIIpHbIX pa3mepoB Na/K-ATdassr mo-
3BOJIWJIO BBISICHHUTH, KaKOBa 3 (eKTHBHASI Macca
(hepMeHTa, OCYIIECTBISIONICIO TAK Ha3bIBAEMBIC

YacTHBIC pEaKI[UH OOIIEero MHUKJIA.

Kaxk BugHO 13 Tabi1. 3, MOJIEKYISIPHBIN pa3-
Mep Oenka, BermmonHstoniero Na-ATda3nyio pe-
aKIIMI0, COOTBETCTBYET Macce O-CyOBbeANHHIIBL.
Takoro e pa3mepa O€JOK, OCYIIECTBISIONINH
K-3aBucumyro ¢ocdarazy. Becr muka Na/K-
AT®a3pl, uayIUH B IPUCYTCTBUH HU3KUX KOH-
neHTpanuii AT® (cOOTBETCTBYIONIUX 00IaCTH
OTPULIATEIbHON KOONEPAaTUBHOCTH, CM. pHC. 4),
MIPOBOANUTCSA OEJIKOM HECKOJIBKO OOJBIIETOo pa3-
Mepa, COOTBETCTBYIOIINM Macce af-IipoTomepa.
Ecnu xonnentpanuto AT® yBeanuuts 10 Husu-
oloruyeckux 3HaueHui (3 MM), HabmIODaeMBIH
pasMep (GYHKIIMOHAIBHON €IMHUIBI OLYyTHMO
Bo3pacreT. ClietoBaTeNIbHO, B XO€ pealn3aliy
AT®az-

HOro aHcaMOis (WM TOTPEeOHOCTH BO B3aH-

TUJPOJIUTUYECKOrO LMKJA pPa3Mepsl

MOJCHCTBUM OTICIBHBIX OCIIKOBBIX MOJIEKYJI)
H3MEHseTCsT Tak, 4dTo Na-3aBucumass ATdaza,
E1P — E2P nepexonm u K-3aBucumas ¢ocdara-
32 OCYIIECTBIAIOTCS KaXXJOU 0-CyOBemWHHIICH
HE3aBHCHMO, B 3aBEPUICHUH ITUKJA NPUHUMAET
y4acTue u -cyObequHuIa, a Ipu OONbIIeH KOH-
neHTpanun AT® HacTymaeT KpaTKOBpeMEHHas
acconmanus of-mpoToMepoB B Oojee KpyIHBIC
E2-accouuatsl, KOTOpBIE O0JIEE JIETKO CITOCOOHBI
npeBpatutbes B El, B 3TOM U 3aKIII04aeTcs Me-
XaHU3M CTUMyIupytomero aeicteus ATD — B

YCKOpEHUH KOH()OPMAMOHHOTO TIepexoia

n(E2) — (E2)n — n(El).

MBI BUIUM U3 NPUBEAECHHBIX IPUMEPOB, UYTO
B IPUCYTCTBUHU BBICOKHUX KOHIIeHTpauuid ATD
(depmeHT paboTaeT ¢ ropa3no OONBIIEH MOIEKY-
JISIPHOM aKTUBHOCTBIO. B 4em ke 3akirodaeTcs
BBIMTPHIII B 00pa30BaHMM KOPOTKOXKHBYIIUX
OJINTOMEPOB B XOJI€ OCYIIECTBICHHUSA THAPOIUTH-
YEeCKOro HUKJIAa? DTOT BBIMTPHIII HILTIOCTPUPYET
puc. 7. CymmapHas peakiusa ruapoiuza ATO
SIBSIETCS dK3epronndeckoi. Ho gacTHble peax-
LMY LHKJIA HOCAT KaK IK3eproHUYECKUi, TaK U

SHHGPFOHI/I‘{GCKI/II\/’I XapaKTep, TO €CTh IPOTCKAOT
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Tabnuua 3. Monexymnsipusie pazmeps! Na/K-AT®a3bl Ha pa3Hbix craausx uukia (bonasipes, 1995)

Cragus umkJjia VYcioBus u3mMepeHus MouiekyJisipHasi Macca
Na-AT®da3za Na, Mg, ATO 95 k/la
K-dpocdarasa K,Mg — p-aurpodenundpocdar 90 x/la
Na/K-AT®aza 100 MxM AT® 135 x]Ia
Na/K-ATdaza 3 MM AT® 360 x/la
Na/K-ATda3za 3MMIT® 125 x/la

Na/K-AT®a3HbI1i UK

H set o, EpMelTP—- E P fo—E,P(n)
E.Kﬁ / E’%
A
EKATP ’% %
N ) e

AP "By (K}~ E,PK ~= E.P
P, K

APy

Puc. 7. 3menenue onuromepHoro coctosinus pepmenta B xoge ATdaszHoro mukia
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KaK C BBIJICJIEHUEM, TaK U C [OTJIOMICHUEM TeTlIa.
«3aciyra» AT® 3akirouaeTcs B TAKOW OpraHu3a-
IUU pabOTHI OJIUTOMEPOB, IIPU KOTOPOH OHU TPY-
ISATCS CO caBUTOM 10 (a3e (cuH(Da3HO), TO eCTh
9K3eproHUYECKas CTaIus OAHOTO IPOTOMEPA CO-
BIIQJAET C SHAECPrOHNYECKON CTauel Apyroro —
IPOUCXOIUT «IOAIMUTKA SHEPTHUei» COCETHUX
OEIKOBBIX CTPYKTYp. SIcHO, 4TO CyOCTpaThl, He
CIIOCOOHBIE K PETyJISILIMK TAKOTO POia, TUAPOIIHU-
3yrotcst Na/K-AT®da3oii ¢ MeHbIIIeH CKOPOCTHIO.

Takum o60pa3zom, Na/K-nacoc sBisiercs
CHCTEMOH, peryiampyeMoil cyOocTpaToM W KOH-
HEHTpalnuell MepeHOCUMBIX €0 HOHOB, HacTpa-
MBAIOIIEHCS C IOMOLIBIO 3TOW PEryJsluu Ha
TeKyIl[ue HyxAbl KiaeTku. OgHaKo sl TOHKOH
HacCTPOWKH ee PaboThl MMEIOTCS M JAONOJHU-
TEJIbHBIE CIIOCOOBI PEryJIALUU. YKe TaBHO OBbLIO
3aMEYeHO, YTO HEKOTOphle mpenapaTsl dep-
MEHTa COJEpKaT HHU3KOMOJIEKYJISIPHBIH OeJIoK,
OYHMCTKAa KOTOPOTO IPOUCXOIUT MapajuIeIbHO
C OYHCTKOH 0-cyObemuuunbl. OH ObLI Ha3BaH
Y-CyObeaMHMIEH, HO 10 IOCIIEIHEr0 BpEeMEHHU
€ro poJib B paboTe Hacoca He Oblila BbISBIICHA.
Oxa3zaiock, 4TO y-CyObEqMHHIIA BXOAUT B MHO-
TOYHUCIIEHHBIE OENKH, I KOTOPBIX XapaKTepHa
rnocieaoBaTeIbHOCTh aMmuHOKHCHOT (F-X-Y-D);
ux cranu HaspiBarh FXYD-0Oenkamu. Mx mo-
JIeKyJIApHasi Macca coctaBisieT ot 8 no 15 x/a,
OHU BBITIOJIHSIOT Pa3HOOOpa3HbIE PEryJIsITOPHbIC
¢yHKIMH. B HacTosimee BpeMs ONMCAaHO OKO-
70 10 Takux MeMOpaHHBIX OEJIKOB, B UX 4YHUCIE
¢dbochonamban, capkonmumnuH, ¢ocdoneMan u
v-cyosenunuiia Na/K-ATdaszel. B kirerounoii
MeMOpaHe MOCIeAHss B3aNMOJIEHCTBYET TOJIBKO
¢ Na/K-AT®a30i, B pe3yasrare 4ero CpojacTBO
(epMeHTa K NOHAM HAaTpHs U KaJIus IOHHMKaeT-
cs1. BHe kommiekca ¢ pepMeHTOM y-CyObeuHuIa
He cTabuiibHa U OBICTpO paspymaercs (JlomuHa,
2000).

Eme onHoll rpynmoil mpupoaHBIX perys-
TopoB Na/K-AT®a3s! aBISIOTCS CepICUHBIE [TIU-

ko3uael. Hambonee mmpoko ymoTpebum yaba-

WH, TJIMKO3U]] PACTUTENBHOIO MPOUCXOXKIACHHUS,
oOnagaromuil CrIocOOHOCTHIO MPH CBSA3BIBAHUH
«BbIKIIO4aTh» Mousiekysbl Na/K-ATdasbr. Uc-
CJIEZIOBATEIN IIMPOKO HCIOJIB30BATIH BBICOKOE
CpOJCTBO yabanHa K (hepMeHTy sl uIeHTH(DU-
Kalliu 3TOro OelKa B Impemnaparax u JJIsi OIEHKH
cnenuduueckoit aktuBHOCTH Na/K-AT®da3sl, He
3alyMBIBasCh O IPUPOJE TAaKOH UyBCTBHTEIb-
HOCTH (PePMEHTA KUBOTHOTO IPOUCXOXKACHUS K
MPECTABUTEIIO PACTUTEIBHOr0 Mupa. OnHaKo B
JabHeieM OblIIM HaKOIUIEHBI JJAHHBIE O TOM,
YTO B TKaHSIX XUBOTHBIX CHHTE3HUPYETCS JHJIO-
IeHHOE ya0anH-10JI00OHOE COEIMHEHHE, BBIIOJI-
Hsromee QyHKuU perynsaropa Na/K-ATdaszsr
CraiMoHapHbIi YpOBEHb 3TOT0 COCJUHEHUS
oueHb HU30K, U B. Illonepy (Schoner, Scheiner-
Bobis, 2007) noHa1o0HIIOCh HECKOJBKO COTEH
KWJIOTPAaMMOB HAJIIOYEYHHKOB, 4YTOOBI BBIJE-
JIUTh HECKOJIBKO MUJLTUTPAMMOB IIpenapara st
€ro WIACHTU(DHUKALIH.

Oxa3ayioch, 4TO MHKyOanus ¢ yabaunHOM
BEI3BIBACT BCILIecK oOpa3oBanms ADK B muonu-
tax (Liu et al., 2002) u neiiponax (Boldyrev et
al., 2003). OToT (haKTOp BBHI3BIBAET AKTHBALUIO
(hakTOpPOB TPAHCIALHMU M IKCIPECCUIO OIpee-
JMeHHBIX OenkoB. TakuMm obOpaszom, Na/K-Hacoc
OKa3bIBAETCSl BOBJICYCHHBIM BO BHYTPHKJIETOY-
HBIE CUTHAJIBHBIE TPOIECCHL. DTUM, B YACTHOCTH,
00BSICHSIETCS 3aMeTHAas TUIepTpodus cepaeHHOM
MBIIIIBI y TTAIINEHTOB, BEIHYKIAECHHBIX PEryisip-
HO NIPUHUMATh CEePIEUHbIC TJTUKO3UIbI JJIsI KOM-
MICHCAIIMN KaJIbI[UEBO HEIOCTATOYHOCTH. OTa
0COOCHHOCTh OCHOBaHA Ha TecHOH cBs3u Na/K-
AT®a3p1 u Na/Ca-oOMEHHHKA B psijie KIETOK, B
TOM 4YMCJI€ B KJIETKax CepaedHod Mblmipl. Mx
OJHOBPEMEHHAsl BBICOKAasl YYBCTBUTEJIBHOCTH K
CepACYHbBIM IIMKO3UAaM TI03BOJISIET IIPH IpUEMe
TJINKO3H/I0B OOMEHUBATh BHY TPUKJICTOYHBIH Ha-
Tpuil (MOSBIAIONUIUICS B Pe3yIbTaTe YACTUIHOTO
TopmokeHUs1 Na/K-Hacoca) Ha BHEKJICTOYHBIN
Kanpluii 3a c4yer padoTel Na/Ca-0OMEHHHKA.

I[OHOJ'IHI/ITQHLHLIM pe3yjibTaTOM IIpUeMa I'JInKo-
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3u0B sBiseTcs pocT ADK BHYTpH KJIETOK U CH-
CTeMaTH4eCcKasl aKTHBAIMs CHHTE3a KJIETOYHBIX

OEJIKOB.

Yyactue Na/K-AT®a3bl

BO BHYTPHUKJIETOYHOI CHTHAJIU3aALMH

OOHapy)KeHHE OSHIOTEHHOrO yabaWHa W
ygactue Na/K-Hacoca BO BHYTPHKICTOYHOU
nepenaye CUrHaJoB BHOBb OOpaTHIIM BHUMaHHE
HCCcIeIoBaTeNIel Ha TO, YTO Pa3HbIE TKAHU Jie-
MOHCTPHPYIOT Pa3IUYHYI0 YYBCTBHUTEIBHOCTH
K CepACYHBIM INTMKO3H/IaM — CepeyHasi MbIIIIa
U HEPBHBIE KJIETKH XapaKTEPU3YIOTCS BHICOKHM
CPOJICTBOM K ya0OaWHy, a MOYKH — ropasio 0o-
JIe€ HU3KUM. DTO OTPakaeT JKCIPECCHI0 pas-
JTUYHBIX M30(hopM pepMeHTa B pasHBIX TKAHAX.
W3BecTHO HECKOJIBKO M30(OpM Kak y 0-, TaK U
y B-cyObeamHHI, SKCIPECCHPYEMBIX B Pa3HBIX
TKaHSX, IPUYEM M30UPaTEeIbHOCTh UX M0 OTHO-
LIEHUIO JPYyT K APYTY He abconroTHA. B moukax u
HEeYeHH JKCIpeccupyercs Toiabko al u3odopma,
B KJIETKAX TJIMH U CKEJIETHBIX MbIIIIax — ol u 02,
a B HeilpoHaX 3peyioro Mo3ra oOHAapy>KMBAaeTCs
HCKITIOYUTENBHO 03 (Tadum. 4).

buonornueckuil cMbICH 3KCIPECCUU pa3-
JUYHBIX KM30()OpM Hacoca B Pa3HBIX TKaHAX
3aKJII0YAaeTCAd B MX Pa3HOI 4yBCTBHUTEIBHOCTHU
K perynaropasiM ¢akTopam. Tak, al nzodop-
Ma yCTOWYMBA K OKHCJICHHIO U OJHOBPEMEHHO
oOyajaeT HU3KHMM CPOACTBOM K yabamHy HO
CpaBHEHHMIO C Jpyrumu wuszodopmamu dep-
MEHTa, KOTOpHIE, HANpPOTHB, JIETKO OKHCIIS-
IOTCS. aKTHBHBIMHU (OpMaMHU KHUCIOPOJa; OHU
XapaKTepHU3YIOTCS BBICOKOW YyBCTBHUTEIBHO-
CTBIO K CepACYHBIM TIHKO3ugaM. B cepueu-
HOW MBIIIIE SKCIPECCUPYIOTCS J1BE N30(OPMBI
0-CyObenMHHUIBI — ol 1 .2, MpUYeM B XOJe pas-
BUTHS IE€pBas YaCTUYHO 3aMELIaeTCs] BTOPOH.
HHTepecHO, 4TO MOCiE 3KCIEePUMEHTAIBHOTO
nH(papKTa B cepiaue Kpblc HAOIIONAETCs 3aMe-
Ha YyBCTBHUTEJBHOW K OKHCIEHHUIO M30(QOPMBI

02 Ha Ooyiee YCTOWYUBYIO K OKHCIECHUIO 0, TO

€CTh NMPOMCXOAUT BO3BPAT K IKCIIPECCUU H30-
dbopM, TPHCYMUX OHTOTCHETHYCCKH MCEHEe
3penbIM KieTKaMm (puc. 8).

To xe camoe HaOJroIeHHE OBLIO CIAEITaHO
B OTHOIICHHHM MO3Ta — IOCJE HIIEMUYECKOTr0
amu30[a HaOIIOJaeTCcs yYMEHBIICHHE IOIU 03
CyObeNMHHUIIBI M BO3pacTaHue noiu ol cyone-
nuHuMEL. [lockonbky mepBas uzodopma dKc-
MpecCUpyeTcs MPEUMYLIECTBEHHO B HEfipoHax,
HaOMIogaeMble W3MEHEHHUS, BEPOSTHO, OTpa-
KAIOT TEePEeCTPOWKY MeTaboin3Ma IOBPEX-
JEHHBIX HEHPOHOB MO3Ta, aHAJIOTHYHYIO TOH,
YTO HAOJIOAETCS B YCIOBHUSIX OKHCIHUTEIbHO-
ro crpecca B cepaue. CMbICT 3THX U3MEHEHHUH
CTaHOBHTCS IOHSATHBIM, €CIIH y4ecTb, 4To ol
cyObeIMHUIIa PE3UCTCHTHA HE TONBKO K yaba-
HHY, HO M K OKHCIUTEIbHOH MOAM(PHUKALUU —
OIHUM U3 OTIWYUH €€ NMEePBUIHON CTPYKTYPHI
aBiaseTcs Ooyiee 3aMacKHPOBAaHHOE pacIoyo-
xenne SH-rpynn B cTpykType Oenka (kpome
Toro, ol uMmeer Ha ogHy SH-Tpynmy meHsble,
geMm 0.3). Takum 00pa3oM, MOKHO 3aKJIIOYHTh,
YTO MNPEMMYLIECTBEHHOE 3aMellleHue MeHee
PE3UCTEHTHOH K OKHCIUTEIBHOMY IIOBPEXK-
JeHH0 M30(popMbl Ha 0o0Jee PE3UCTEHTHYIO
€CTh aJalTAalMOHHBIA OTBET TKAHW Ha OKUC-
JUTENbHBIN cTpecc. OQHAKO HE MEHee BaKEH
U BOIIPOC O TOM, YTO TEPSAET TKaHb, JIHUIIASCh
A®DK-4yBCTBUTEIBHON H30(QOPMBI, TTOCKOJIBKY
OTHOBPEMEHHO OHAa U yabamH-4yBCTBHTEIbHA.

Nmutanus OKUCIUTENBHOTO CTpecca B
HEHpOHAX 3a CYeT MHKYyOaIllUH C BHICOKOH KOH-
LneHTpanuei HeiiporokcuHa NMDA npuBonut
K u30srTouHON nponyknuu A®K, xotopsie ata-
KYIOT KJIETOUHbIE MakpoMmolieKynbl. OnHO# u3
rnaBHbIX MulIeHeH 1yt ADK B HelipoHe sIBIsIeT-
cst Na/K-AT®a3a, npuiyem ocoOeHHO ee yabauH-
gyBcTBUTENbHas (hopma (Boldyrev et al., 2003).
Takum ob6pa3om, B HeipoHe (TIe CHHTE3UPY-
otes ol u a3 cyObequHANBI) o3-cyOBeAMHUIIA
npexacrasaser ceacop ADK ¢ obOpaTHOU CBsi-

3bI0 — B dKTUBHOM COCTOSIHHMU OHA NPCIATCTBY-

— 221 —



Tabnuua 4. Pacipoctpanenne nzodpopm Na/K-ATdasbl B pa3HbIX TKaHAX
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Puc. 8. Cmena m3opopm Na/K-ATda3s1 npu quddhepeHInpoBKe MUOIUTOB CEPALA B KYIbType (A) U H3MCHEHHE
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€T POCTy CBOOOMHBIX PaJUKaIOB, a U30BITOYHAS
npoaykuus A®K npuBoauT K mogaBlIEeHUIO €€
Na/K-ATda3za

BBICTYTIAeT KaK (PaKTOP OKUCIUTEIbHON yCTOM-

akTuBHOCTH. Clea0BaTENbHO,
YUBOCTH HEHPOHAIBHOU KJIETKU, IPOTEKTOP OT
OKHCIUTEIBHOTO CTpecca. be3 Takoro mpoTek-
TOpa HelpoHaM OBIJI0 OB HEBO3MOXKHO HCIOJIb-
30BaTh ADK B KauecTBe CUTHAJbHBIX MOJIEKYJI.
Bonee Toro, mockonbky ADK perynupyror ak-
THBHOCTh MHTOTCH-aKTUBHPYEMOH ITPOTEHH-
kuHa3pl (MAP kuHa3bl), 3TOT (GEPMEHT Takke
OKa3bIBaeTcs nox koHTposieM Na-Hacoca (Kap-
nosa u ap., 2008).

HemaBHo B maGopatopuu k. JImHTrpema
B CHIA momyueHBl M3ALIHBIE J0Ka3aTeIbCTBA
y4dacTusi yabauH-9yBCTBHUTENbHON ATda3bl B
erre onHo# pyukinu mo3ra (Lingrel etal., 2007).
W3BecTHO, 4TO OJWH U3 CYMIECTBEHHBIX YUYaCT-
KOB TEPBUYHOM CTPYKTYpHl 0-CYOBEAMHUIIBI,
OTIPENeNAIONINX CPOJACTBO K yabauwHy, Mpen-
CTaBJICH IBYMSI aMHUHOKHCIOTHBIMHU OCTaTKaMH
y N-konna — L111 u N122. C noMouipo reHHo-
WHKEHEPHBIX ITOJIX0/I0B OBIIH IOy Y€HbI MBIIIIH,
collepKamue 3aMEHBl B 3TUX aMHHOKHUCIOTAaX:
L11IR u N122D. OHu HEe OTIAWYAIHNCh OT HOP-

MaJIBHBIX ) XMBOTHBIX IO AJIHUTCIBHOCTH XHU3HHU

Cnucok 1uTepaTypsl

1 TIOKa3aTeNsAM CEePACIHO-COCYAUCTON CHCTEMBI
B HOPMAIIBHEIX ycIOBUsAX, XoTs Na/K-AT®daza
B MX I0YKax 00Jiajiana BHICOKMM CPOJCTBOM K
yabauny. Beegenune stum mbimam AKTT, wus-
OyLIUPYIOIIETO BBIJCICHHE U3 HAIIOYCUHUKOB
SHAOTEHHOr0 yabawH-IOZOOHOTO COEAMHEHHS,
MTOBBIIIAJIO KPOBSHOE JaBICHUE TAKUM JKe 00pa-
30M, KaK 'y KOHTPOJIbHBIX JKUBOTHBIX. OJTHaKO
JIMHUS MBIIIEH, Y KOTOPBIX B IOMOJIHEHHUE K BHI-
neyKa3aHHOW 3aMeHe a2 cyObeAMHMIA yTpa-
YyBajia BHICOKOE CPOJCTBO K yabauHy, Tepsja
CHOCOOHOCTHh OTBEYATh aJCKBATHBIM ITOBBILIE-
HHEM KPOBSHOTO AaBieHus Ha BBeaeHne AKTI.
VYabanH-11ogoOHbIH (HaKTOP BBIICISIICS B KPOBb,
HO HE HaXOJMJI CBOCH MUIIIEHU. DTO yKa3bIBaeT,
YTO TKaHEeBas CIEHUPUIHOCTH UyBCTBUTEIb-
Hoctu Na/K-ATda3bl k yabauHy UMeeT MpsMoe
OTHOIIEHHUE K PETryJISLUN TOHYCa COCYAOB.
Taxum 06pa30M, HAKOIIJICHHBIN MaCCHB JJaH-
HBIX SIBHBIM 00pa3oM HJIITIOCTPUPYET HE TOIBKO
yuactue Na/K-Hacoca B CO3aHUN aCUMMETPUY-
HOTO pAacHpeAeseHnuss MOHOB 10 00€ CTOPOHBI
KJIETOYHOH MeMOpaHbI, HO U 3aMETHYIO POJIb B
BOCTIPHSITUHM KJIETKOH Pa3jIMYHBIX CHUTHAJIOB H
B Ilepefaye WX BO BHYTPEHHEE NPOCTPAHCTBO
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Function of Na/K-pump in Excitable Tissues (Review)

Alexander A. Boldyrev

International Biotechnological Center
of Lomonosov Moscow State University,
Vorobievy Gory, Moscow, 119991 Russia

Na/K-ATPase is a key enzyme supporting asymmetric distribution of Na and K ions on the outer cell
membrane of animal tissues. In the review, current state of Na-pump function is discussed. The data
are presented describing molecular properties and location of the enzyme molecule within the cell
membrane. Evidence on oligomeric structure of Na/K-ATPase and regulation of the protomers within
the complex by ATP are shown. New data illustrating participation of Na/K-pump in cell signaling are
presented.

Key words: Na/K-ATPase, oligomeric structure, ATP, sodium, potassium, cell signaling




