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3ATAJTBHA XAPAKTEPHCTHKA POBOTH

AxtyanesicTs | crynines nocnimkenocti remu. Biromo, 1o akTHBHICTH
Hepsosux Knithn B LIHC cynpoBojukyerses icroriumu 3minamu pHo. B
pi3Hux olnacTax HepBOBOT cMCTeMM iCHYIOTh iBa THNH 3pywens pHo, 38'a3aui
3 ranbmisiumy PAMK-epriviumu 1a 3i 36ymwKyiouMmu rayramarepritHumMm
MOCTCHHANTHYHUMH epektamu. [lani 3pywenns, 1O ABJIAIOTH COBOIO WIBMAKI
nyxHi nepexoau pH, iHAYKYIOTBCA 3anyckoM HelipOHHOT aKTHUBHOCTI,
FAMK-3anexHi nosaknirunni sapiauii pH, € nacninkom puxony ionis HCO3
yepe3 TAMKa-keposani ioHHi kKananu. PiBeHb TaKMX 3pyiLEHb 3YMOBIIOETHCA
mBuakicTio obopotHoi peakuii rigparauii COz, korpa karanisyersca KA. B
pesynbrati wiei peakuii npomykyiorscs ionn H* ta HCO3 (Kaila et al, 1990).
3anexHe Bil IYTAMATHUX PELENTOPiB  MO3AKNITHHHE  3ANIYKYBAHHA
obymoBmioeTsCs  cymapHum  BxozoMm iowis H' B meiiponu uepes
TpaHcMembpanHi wnAxM, sKi aoHuHl nocratHeo He BuB eHi (Chen, Chesler,
1992), i obmexyersca (Oycdepyerscs) peakuieo rigparauii COz, KoTpy
katanisye KA.

Kucnotsi 3pywienss pHo, KOoTpi Tak caMo 3anexkarth Bil piBHa HeHpoHHOT
AKTHBHOCTI, MOXYTh MaTH pi3Hy - pupoay. MeraGoniuna n onykiia CO; abo
MOJIOYHOT KHC/IOTH 3aTH4 BHMKIMKATH 3aKHUCJIEHHA MO03aKIiTHHHOIO
npocTopy, ske nosinbHO 3meHiuyeThes (Kraig, 1983; Spuler, 1787; Walz,
1989; Ransom, 1992). [locunenHs meTaboniuHOI AKTHBHOCTI HELIOJABHO
6yno npopmemon~tpoBaHo Voipio & Kaila (1993), xoipi B croix
eKCrnepMMeHTax BMKOPHCTOBYBATHMOAH]iKOBaHHHA COz-cenekTHBHUIA .
MiKkpoenekTpon. AHanoriudi pesynstati otpuManu Chesler & Chen (1993),
BUKOPHUCTOBYIOYH OIHOYacHO KapOoHar- Ta pH-cesleKTHBHI MiKpoenekTpouu.
3ranani asTopM B CBOIX HOCNiUKEHHSX HA 3pi3ax rinokammna uiypa BMSABWIH
noBinbHO 3pocraioye miasuileHHs THcky COz, wo npu3BomMno o
JAKMCTIEHHA MDKKIiTHHHOro mnpocropy. Ilicnd BHMHKaHHA CTUMynALii
pinbysascs cnan tucky COz. Lsuaki nosaknitunHi KMcnoTHI 3p; mwenHs pH,

Ckopouenns, axi suxopucrosyiorscs B texcri:pHo — pH nosaxnitunsoro npocropy;
pHi — pH BHYTPIIHBOKNITHHHOrO BMICTY ACTPOLNTIS; [K+]o — KOHUEHTpalig ioHiB
Kt y mnosakmituanomy tpocropi; LIHC — uentpansia wepsosa cucrema; KA —
kapGoanrigpasa, HEPES — N-2-rigpoxceeTwnninepasun-H'-2-etanoncyasdonatua
kncnora; TAMK — y-aminomacasna kucnora; HMIA — H-merun-[l-acnaprar; [AIIC
—4 4’ -guizoriouianocrinbGen-2,2'-aucyavponarna  kmcnora; JHAC — 4.4'-
aunitpocrinben-2,2"-gucysdonataa  kuenora; HA3CA —  pexcrpanss’ssyioumit
cyanoamin; EIITA — erunisonponin aminopus; T'®B — rniaasauii diGpunspanii
Binox. ;
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B LIHC ccasuis, sk ssaxaiote (Carlini, Ransom, 1986; Chesler, Kraig, 1987,
1989; Sykova, Svoboda, 1990; Boyarsky et al, 1993), obGymosneni
TPACMOPTHUMH MEXaHi3MaMH MHANLHUX KIITHH.

OcranHiM 4acom ocolnuBa ypara 3BepTacTeCa Ha Te, WO [JianbHi
KIITHHH BiAirpaloTh KapauHancHy ponbs B perynauii i niaTpumanHi
HOPMANBHOIO KHCAOTHO-MyxHoro romeocrasy B LIHC. Ak sinomo, KinbkicTs
rmiaibHHX knitiH B [IHC npuGnuano B 10 pasis nepeBulyE KinbKicTs
HeHpOHiB; rMianbHi KIITHHM CcKIANAOTL Maibke nonoBuHy o6’eMy MO3KY
(Pope, 1978). Jlo toro x wmemOpaHd riianbHUX KITHH MalOTh YHIKaIbHi
enekrpocms’onoriuyni  BnacTuBocTi. XapakTepHHM UIA HHX €  BMCOKa
nposiuHicts s owis K', rotpa icrotHo nepesuutye (8 5 pasis i Ginbiue)
nposindicts s iowis Na' (Orcand et al, 1966). Orxe, memGpanuuii
MOTEHLiAN MiaIbHUX KITHH MAaE BUCOKY YYTIMBICTE 10 3MiH KOHUeHTpauil
nosak.ituunoro K' i Tomy wsHake nimsuiuieHHs konuewtpauii iowis K p
MiKKIITHHHOMY npoctopi BHacninok sukuay K' i3 neitponis  npussoauts 1o
3Ha4HO1 aenosnApH3auii membpan rniansuux knitud (Kuffler, Nicholls, 1966).

Migsuwer s koHuenTpauii nosaknitunnoro K', Buknukane Heitponsoio
aKTMBHiCTIO, i Aenonapu3auia mMemOpaH raianbHuX KkiithH (Orcand et al,
1966; Ransom, Golgring, 1973) naiotb niacraeu - nobynosu winoro pauy
rinote3 1040 HelHpoHHO-rNianbHOT B3aemonii  3minm  MemOpaHHOro
NOTEHL{any THaIbHHX KIITHH MO. YTb NPABHTH 33 «CHrHATIH» B CHCTEMi
HelpoHHO-rnianbHoi B3aemonii. Ilpore noci Hesinomo, skMM Hacnpasgi €
B3AEMO3B'A30K  BHYTPIlWIHBOKMITAHHOT  yHKuii il i obymosneHol
HeHpoH1ol0 aKkTHBHiCTIO aenonapu3auii memOpanu (Orcand et al, 1966;
Baylor, Nichoils, 1969). Pesynbratn excnepumentis in vivo (Chesler, Kraig,
1987, 1989), a Takox in vitro (Boyarsky et ai., 1988) nosenu, wio B 1.iansHux
KNiTHHAX cnocrepiraeTbCs IUBMIAKE BHYIPILIHLOKIITHHHE 3aNyKyBaHHA,
BHKJIHKaHe Jienonapusauieio memGpann. B 38'43Ky 3 LMM Ba. .IMBO 3'ACYBaTH,
AKHI came MexaHi3mM 3yMOBIIOE L BHYTPIIUHBOKIITHHHI IyAKHI 3pyLIeHHs:
TpaHcMemOpaHHMiE  (cymMapHa CeKpelisn MCIOTHHX eleMeHTiB  uepes
inasMariaHy mMemOpaHy) M 3Minu Gesnocepentbo B LUMTONIA3MI MAIBHHX
KITTHH?

Ha rni: 1bhyix knitunax n'asku Gyno nokasano (Boron, Boulpaer, 1983;
Ditmer, Schlue, 1989; Deitmer, Szatkowski, 1990), uio myxHuii 3cys pH,
BUKJIHKAHHH Jenonapu3auiclo, reHepyer.ca eNeKkTporeHHuM MemOpaHHHM
KoTpaHcnoprom o oro fowa Na' i nsox iowis HCO;. Onepkan. Takox
NOKa3H Ha KOPHCTb icHyBaHHs enekrporensoro Na'/HCOj-3anexHoro
KOTpaHcrnopry B riianeHMX KkiituHax xpebernux (Astion, Orkand, 1988;
Kettenmann, Schlue, 1988; Newman, Astion, 1991). IIpote nonwHi He sicto,
ARy ponb pinirpac ueit Na'/HCO3-3anexnuli KOTpancnopT y nyxHomMy 3cysi
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pHi, xoTpuit 3ymoBmOETBCA jenonApu3auiclo MemOpaHu, B acTpouMTax
ccapuis. Tak, Hanpuknan, B KynbTypi actpouwTis ccasuis 6yno nokasaHo
(Boyarsky et al.,, 1993), uto nyxuuit 3cys pH;, Bukinkanuit nenonapusatieio
MeMmOpanu, BUABIABCA B KIITHHAX, KOTPi 3HAXomunucd B cepemosuu, i3
akoro fonn GikapGowuary Gynu nosHicTio BunyueHi. Ane pesynsTaTd iHumx
JIOCTiUKEHD, MPOBEEHUX TaKOXK HA KyabTypi acTpouwuTis ccasuis, ceinuars
npo Te, W0 Takui nyxuuit 3cys € BuKniouHo 6GikapGonarsanexuum (Waltz,
1991; Brookes, Turner, 1993). B excnepumeHrax in vivo Gyno
npoaemoncrposado  (Chesler, Kraig, 1987), mo° wacosuit mnepeGir
BUKJIMKAHOTO CTHMYJIALIEIO KOPH rOJIOBHOrO MO3Ky KMcioTHoro 3cysy pH
B Mo3akniTHHHOMY npoctopi i vacosuit nepebir ofymoBneHoro
nenonApuaaiticto, MemOpaHH 3ayyAKyBaHHA aCTPOLMTIB KOPH AOCHTH GIH3bKi.
Lleit dhakt Moxe OyTH nuMie HENPAMHUM JIOKa30M TpaHcMeMmGpaHHoi npepoan
navoro ssuuia. Edextn ionis Ba”. BUsABNEHi micns X JogapaHHA Yy
MO3aKIiTHHHE CepPelioBHLIe NI Yac CTUMYJIALIT KOpH rofoBHONO MO3KY LIypa,
NanW  miAcTaBM  BBaXaTH, W0 MYCKOBMM  MexaHismMoM  anA
BHYTPIlUHBOKIITHHHOrO 3ATyKYBaHHA Ml € came AenosApu3ania rniansHoi
membpann (Chesler, Kraig, 1989).

Ha npenaparax HOpManbHOT TKaHMHH rifOKaMna Hi pa B3AEMO3IB'A30K
MiXK KHCTIOTHMM 3CYBOM B M03aKIiTHHHOMY npocTopi Ta cekpeuieo
KUCTIOTHUX eIeMEeHTIB TTi€l0 BaXKO aochnianty, vyepes e mwo b 3mini pH,
moxe Gpati yuacTs HM3Ka pisHux mexawismis (Chesler, 1990; Chesler, Kaila,
1992). Jlo Toro *x B HaHiii CTPYKTYpi MO3KY KOMMAaKTHICTh MHaIbHUX KINiTHH
i (abo) pisens excmpecii Tpamcnoprepa MoxyTh GyTH HemocTaTHiMM A
3abe3neyeHHs 3HaYHOrO KMc/oTHOro 3cysy. Asie Binomo (Nadler et al, 1978;
Murabe et al, 1981; Kimelberg et al, 1987; MacVicar et al, 1989; Burnart
et al, 1990; Bowman et al, 1992), wo nonepesxi in'ekitii kainosoi KucIOTH

' B rinoKamn ulypa NO3BOJAIOTH OJIEPKATH Mperapar, B KOTPOMY HeHpoHu
obnacti CA3 3amimeni winbHO po3TalioBaHUMHK  nipostidepylouuMu
PeakTHBHUMM  riianbHuMH - KiltuHamu  (raionizoBanuii rinokam).
BuKOpMCTaHHs CaMe TaKOro Mpenapary Jafo HaM MOMJIMBICTh BHBYHTH B
HepBopilt TKaHMHI ccaBLiB B YMOBaX in Vifro B3a€MO3B'A30K KMCIIOTHONO
apymenns pH y sHyTpimmborgiTHHHOMY npoctopi i kaniiizanexuoro
nyxHoro 3cysy pH B uuronnasmi acrpouwrie. Crijt 3a3HaunTh, 10 paHile,
3riiHO 3 Mak.(MM JiiTepatypu, Takuil B3aeMmo38'a30Kk He BuBuanu. [lposecru
aHaoriyHi JOCHiKEHHA B YMOBax Ky/AbTYPH TKaHWH  He YABNAECTHCA
MOAIIHBHM.

Mera i 3apnanna gocaigxenns. Mera nanoi poboTH nondrana B Tomy,
uob 3'scyBaTH Taki nuTaHHA: YK GepyTh y4acTh acTPOLMTH rinokamna iypa
B perynsuil pH miknituasoro npocropy i onHouacko 3 uum peryasuii pH



IX uMTONNA3MK; AKa IOHHA NMPUpoOsA MexaHismy TpaHcmemGpanHux 3min pH
i YM aKTHBYETLCA Lei MexaHi3M Jenosspusadiclo naasmaruyHol memOpanu
raii.

Binnosiano meti Gyiu nocrasneHi Taki 3aBaaHHA,

1. Bianpaiiosary MeTOAMKY, “MKOPHCTaHHA AKOT aasano 6 MOAUIMBICTL
cTabinbHO ONEPKYBATH EKCNEpUMEHTalbHY Mopens — 3pisn obnacti CA3
rAioNi30BaHOrO FinoKamna uypa.

2. Busunti npupoay B3aEMO3IB'AIKY LIBMAKMX 3HAYHMX JIYAKHHX 3CYBiB
pH B umronnasmi actpoumrie i ix 3miueHna mMemOpaHHOro noTeHLiany, Wo
BHHMKAOTs Y BIANOBIAL Ha wBKMake 36inbwenna pisua [K']o 8 o6nacri CA3
3pi3y i jionisosanoro rinokamna,

3. BusunTn npupoay WBMAKWX KHCNOTHMX 3pywene pH vy
MiKKRITHHHOMY — Tipoctopi, KOTPi  3'SB/IMIOTBCH B THX  CaMMX
eKCnep MeHTAILHUX YMOBaX.

4, 3'acysatw, aKy pons sinirpae Na'/HCO3-3anexnuii KoTpaHcnopr
MemOpaH peakTMBHMX acTpouuTis y 3pymennax pH; ta pH.. ;

5. 3'acys~vH, AKi came KHCIOTHO-JIYKHI OMMHHLI TPacroOpPTYIOThUA,
BHKOPUCTOBYIOMK iHriDiTopn KA.

6. Busunrtn memOpanni mexaHiaMu aHanoriyH“x WWBHAKHX KHCIOTHHX
scysie pHe, saki obymosmiowrees 36inbwennsam [K+]o,, B ofnacri CA3
HOPMANbHOTO PiNOKAMIa 1Lypa.

Haywxosa nosu3na poGotu. Bniepuie Ha npenaparax in vifro mokasaHo,
MO B acTPOUMTAaX MO3Ky ccasuie icHye Harpiii-GikapboHar3anexuui
MexaHisM  cexkpeuii  KMCNOTHaX  eNneMeHTiB, KOTpMH  aKTHBYETHCA
aenonspusauiclo  MemOpaH. AKTHBHMIt TpaHcnopr ioHis KapOoHaTty
BCEpPEMHY IianbHUX KIITHH NPU3BOAMTL JI0 3HAYHOIO  LLBMJIKOIO
KHcaoTHoro 3pymenns pH B MikiniTuHHOMY nipoctopi, Tak 3saHol cekpeuil
KHCnoTHUX  enementis. Lleit MmexaHiaM w4acTKOBO 3yMor Ti0€ WIBHAKMEA
BHYTPIIIHBOKNITHHHMI mykHuid 3cys pH y uuronnasmi acrpouurie. Bnepuie
Ha octf Bl JaHMX, OTPUMAHKX B KCTIEPUMEHT™X 3 BUKOPHCTaHHAM iHribiTopis
io3aknitiuioi KA, BHMCIOBIEHO NPHUMYLEHHA PO Te, WO IIiaibHui
memOpaHHHit KOTpaHCNOpTep MepeHoCHTh ioHM Kapbouaty i ioHM Hatpio
BCEPEAHHY “CTPCHHTA 3 TaKUM CTEXiOMETPHMHMM CHiBBIAHOIUEHHAM: OIMH
ioH Hatpito | oaMH ion kapbonaty

Bnepwe w©a mnpenaparax in vifro mokazaHo, WO AenonAspu3aiis
acTPOUMTIE CcaBU’" AKTUBYE TAaKOXK JIONATKOBMIl HaTpiiiHesz exHMii
MexaHisMm, KoTpuil, HMOBIpHO, 3YMOBIIIOE JIYKHMII 3CyB B UMTOMIa3Mi
actpounTa, ane He Oepe yuacti B cekpeuii KMCIOTHHMX eneMeHTiB 4epes
njasmaruiny Membpany. B obnacri CA3 3pisy HopmaneHoro rinokamna wypa
TIPOJIEMOHCTPOBAHO HASBHICTE B MeMOPaHax HOPMAIbLHUX ACTPOLIMTIB TAKOTO
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camoro Harpiii-GikapboHaT3anexxkHoro TpaHcnopTepa, axKTHBaUis HAKOro B
ymoBax wsuakoro niasumenus pisun [K'lo Takok npussomuts 10
KuciotHoro 3cysy pH B MikknitmmHOoMy npocropi, ane MeHiioro, Hix B
rnionizosaHoMy npenapari.

Teopernuna i npakTiyHa ninHicTs poorn. Penpesenrosani aaxi uoao
thyHkuioHyBanuua  Harpiii-GikapboHaT3anexHOro  KOTpaHcnoprepa €
BLAJIUBHMH JUIA PO3YMiHHA (DYHKUiOHANBHMX 38'A3KiB B cucTemi mepenadi
CHTHaTY Bia Heiipowy o miil i B 3BOPOTHOMY Hanpsami, KONM riis, 3aB/KH
ToHKill perynauii pHo, revepye curian oGoporHoro 38'a3Kky mia craGinmizauii
HeiiponHol 36yumeocti. Tak, nanpuknan, sinoma sucoka yyrimsicts HMJIA-
peuenTopis i noTeHuUian3anekKHuX KanbUieBHMX KaHaiB HaBiTh 10 HEBENHKHX
amid pHo. MemOpanui TpaHcnopTHi MexaHi3MM riiaNbHUX KIITHH MOXYTh
~ pinirpaBaTu nesHy pons, 3 ogHoro Goky, B crabinizauii Heipoxroi akTuBHOCTI
(3a nonomoroto perynauii pHo), a 3 apyroro, — B perynauii metaGonismy
caMMX riiansHux KnitiH (33 nonomorolo perymauii pHi). ITokasawo, wmio
npenapar, KOTpHil MM BUKOPHCTOBYBAJIH B CBOIX NOCTIDKEHHAX, — VHIKanbHa
Momenb, Ha MAKiii MOXKHA BMBYATH 3HAYEHHS AacCTPOLMTIB CCaBliB JUIA
MiATPMMAHHA TOMeocTas’y MUKKMITHHHOrO MPOCTOPY Mr3Ky, TOMY MHIO B
ofnacti CA3 3pisy rnioniopaHoro rinokaMna mnpakTHMHO BCi HellpoHH
nerpajosai i, oTKe, came TPAaHCNOPTHI MexaHi3Mu memOpaH acTpouwMTis
BiAIrpaloTh OCHOBHY POJTb B MiXTPMMaHHi romeocrasy iomis i pHo. B 38'a3Ky
3 UMM Cnig BiI3HaYMTH, IO PeakTHBHI acTPOUMTH LBOrO Tipenapaty 3a
CBOTMH BNACTMBUCTAMM OUThin OnM3bKI 0 HOPMAIBHMX, HUK acTPOLMTH B
kKynetypi (Ransom, Sontheimer, 1992). Pesynerati, OTpHMaHi HaMH Ha
npenapari riiosi3oBaHOro rinoKaMIia, CBiMaTh NpPo Te, 110 Yy ccaBUin rmansHi
KITHHM BillirpaloTh CYTTEBY POJb MPH TaKHX MATONOTAX, AK rinokcis, imemis,
iHcynbT abo «roB3yuas jenpecis, KOJIK CIOCTEPIracThCA CHIbHE 3HHMKEHHA
pH mo3ky (Kraig et al, 1983, 1985; Mutch, Hansen, 1984; Somjen, 1984;
Siesjo et al, 1985). Ilpouec weuaxoi i 3HayHOI cekpeui’ KHCIOTHHX
e/eMeHTiB i3 rmianbHMX KNTHH, MoXe OyTH BaXIHBHM KOMIOHETOM
He#iporHonportekTopHoi aii npu rinokcii (Giffard et al, 1990; Tombaugh,
Sapolsky, 1990).

AnpobGa—is pobGorn. Pesynsrati poboTu nonosisanucs Ha 23-1{}
wopivsomMy 3'13ni Topapucrsa 3 Heiiponayk (Bawinrron, CIIIA, nwucronag,
1993).

ITyGnikauii. 3 Temu auceprauiil onyGnikosano 1 Te3u i 2 crarmi.



6

OcofucTnii BHecOK momyKyBada.  EKcnepHMeHTanbHa 4YacTMHA
JAOCHIKeHHA B noBHOMY 06csi3i BUKOHaHA MOLIYKyBa4yeM Mifi KepiBHHULTEOM
pokropa Mitienna Yecnepa. ‘

Crpykrypa i obesr amcepruail. Jluceprauiiina pobota cknanaersca i3
BCTYTY, OPJIAAY JITEpaTypH, eKCrIepHMEeHTATbHOI YACTHMHM, KOTpa MICTHTH B
co6i onuc Metoais Ta pesynbTaris AOCHiKEHHs, 0O6roBOpEeHHs, BUCHOBKIB Ta
CNMCKY Jnireparypd, skuit Bxkmouae B cebe 220 mwxepen. Marepian
imocrpoeano 21 pucyHkoM. OGcsar auceprauii — 133 apykoBaui CTOPiHKM,

3MICT POEOTH
O0’ekT Ta MeTONH NOCTIMKEHHA,

lLuaroroska npenapaty rmionizosanoro rimoxkamna. [lponicepauis
rnianbHUX KAiTHH | gerpasauis neliponis B obnacti CA3 rinoxamna wypis
ninil Long Evans suknukanucs in vivo. B ymosax aHectesii i crepunbHoCTi
TBapHHi Bpus “yBaiM 1 MK po3umHy KaiHosol kuciiotn (4.0 MM) B o6sacts
CA3 rinokamna, BHKOPHCTOBYIOMM ILIMPOKO BuioMy Metoauky (Paxinos,
Watson, 1986; MacVicar et al., 1989; Burnard et -1, 1990; Bowman et al,
1992). y ek

Buroronnenssa 3pisis rir xamna. Yepes 10-28 nuip nmicns-
BULLUE3ranaHol onepauii TBapuHy B ymoBax aHectesii nexamitysanu. Mosok
WBMAKO BuiimManu, nepedocyin y posuuH Pinrepa npu O °C i 3a nonomoroio
pibpaTomMa BHTOTOBNSANM 3pi3in rinokamna 3apToBUWIKH 300-400 mMKm.

BurorosneHus foHcenexkTuRHHX mikpoenexkTpoain ans
no3akniTunHoro  puMmipopaura.  Jsocrconeni  pH-, Kka.ii-  Ta
HATpificeNneKTHBHI MIKpOENIeKTPONM Ui NO3AKNITHHHONO BHUMIPIOBAHHA 3
miaMeTpoM KiHYMKa 3-5 MKM BHIOTOBIS/IM i3 TOHKOC [HHHMX CKISHUX
6opocunikariux Tpy6ouok (AM Systems 6170). Crosnuuk pH-cenexrusHoro
(Fluka  95291), Kaniticenekrusor ;  (Fluka  60398), abo
Harpificenektusroro Kokreiinie (Fluka 71178) ssonumnu B KiHYMKH
MiKpOeNneKkTpolliB IUISXOM BCMOKTYBaHHA. KpyTHiHa XapakrepucTHKu
ioHCeneKTr cHMX ' eNeKkTpoie cradopuna 57-59 MB Ha jgexamy 3wmiku
aktuBHOCTi ioHiB. AGcomoTi senmuduun pHo, (K], i [Na'le B Txamumi
pO3paxoByBAIH BiHOCHO iX 3HaueHs y (h*3ionoriutiomy posuusi. PedepentHi
CTBONM 3anoBHioBZ u pozqukoM NaCl (150 MM).

Burorosnenus pH-cenekTuBHOrO MiKpoenexkTpony ans
BHYTPilIHLGKNITHHIONG BHMipysanus. J{BocTsonbii BHYTPILIHBOKIITHHHI
pH-cenexrusHi MikpoenekTpouu 3 nlameTpoM Kikumka MeHme 1 MKM TakKox
BHMOTORMAM i3 CcKNFHMX Gopocwrikaraux Tpybouok (AM Systems 6170).
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CenekTWBHHMI  CTBOJI  3amMOBHIOBANM  MifA  MIKPOCKOMOM  LLASXOM
NPoWITOBXy8aHHA posirpitoro kokteimo (Fluka 95291). Kpyrussua
XapaKTepUCTHKM cTaHosuna 56 MB Ha nexanmy 3minm akrusdocri H.
Pedyepenthuit cTBON 3anOBHIOBANM PO3YMHOM.  Kasli.iMeTaHoncynborary
(2.0 M). Onip pedepentHoro crsona crasosus 15-30 MOwm.

Mixponinerxku ans ionodopesy iouin K' 3 aiamerpom xiwwika 5-10
MKM 3aMoBHIOBATH pO3uMHOM, B ckian skoro sxomund KCl (1.0 M) »
HEPES-NaCl (5§ mM); pH posunny nopissiosas pH TKaHMEH.

Posramrysanua m.kpoenextpoxin B 3pisi rinoxamna jona sumiprosanus
pHo. Opientyiounce Ha obnacte CAl i fascia dentata, sxi npaswiu 3a
pedepentni  crpyktypH, pH- i kanilicenextuBni  Mikpoenekvpomm
3aKpirunoBa/iM Ha nojpifiHOMy MiKpoMaHiny/isTOpi, a MOTIM BBOAWIH B 30HY
3pizy rnionizosaHoro rinmokamna, KoTpa Bianosimana strafum radiatum
. obnacti CA3 inTtakTHOrO rinokamna. Bigcrame mik KiHYMKam# enexTpoais
craHosuna 10-20 mxm. Mikponinerky ans ionodopesy K* sakpinmosanu na
iHwoMy Mikpomasinynatopi i BBoaunM Ha sincrani 50-i1U0 mMxm Bin nepuiof
enexrponHoi mapu (Puc. 1).

Ly

Puc 1. Cxema posramysanHs NOSaKAiTHEHHX Mixpoenextpopis. Pisens
nosaxaitannore K’ 7a' pH BuMipioBa/M 3 BHKOPHCTAHHSM ABOX ABOCTBOBHMX
ioncenextaBuy: Mikpoenextposis., Ilosaknitumme amimeuns wyasosoro piswy
noreniany (Vo) migmiManocs sin lonumx cursanis.

Posrawynanns MikpoenexkTpoiis B 3pisi rinokamna man sumipiopanu
pHi. ¥ nonsitnomy wManinynatopi (Narashige MD-4) 3akpirunosans -
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ABOCTBONILHUIE  BHYTpilHboKNiTHHHMA pH-cenexkTubumii mikpoenextpon i
mikponineTky ans ioHodope3sy Takum 4uHOM, mo0 BiacTaHe MK IXHiMM
KiHunKkamu aopisdiosana 10 MM, a noriM MiKpoenekTpoin cyMICHO BBOAMIHM .
B 30Hy rnio3ucy obnacti CA3 (Puc. 2).

Knituun il inentrdiky.anu 32 TakMMM  O3HAKAMH: peecTpauis
crabinsHoro HeratueHoro (Bix -70 MB no -90 MB) memGpaHHoro noreHuiany,

Puc. 2. Cxema posTayBaHHS BHYTPIWHBOK"iTHHHUX  MiKpoesekTpouis.
Heocreonbuuit pH-cenextupuuit Mikpoenektpoa 3 aiaMerpom kKiHumka MeHwe 1 MKM
sakpinuniopasn B noasiiHoMy Mikp-omasinyastopi Takum  umHOM, mob Kinumk

MmikpoesnekTposa sHaxopuscs Ha migcrami 10 mkm Big kiMuuka mikponineTku ans
ionocpopesy.

BiICYTHOCTH COHTaHHOT akTuBHOCTI i crabinbuuit pisens pHi. Ilicna usore
mnsxoM ioHodopesy K* Yepe3 No3akliTHHHUI €N1eKTPOJl, BMKOPI. TOBYIOUMH
nosutueHi iMnynsen crpymy (0.5-10 MKA), BHKIMKanu aenonspu3anii
memOpaHHu acTpoumTa, .

Peectpania Ta sumipiosanusn. Ilorenuianu ionnoro ta pedeperitHorg
CTBOJLB PEECTPYBANH 32 AOKOMOTOI0 B OKOIMIENAHCHOTO MiACKHIIOBAYa,
[1lo6 susnauutn pisens pHo i [K'], curnan pedepenrroro crsona nocriitte
einHiMasca Bin curnanie ioHcenektusHux crsonis. lowni i pethepenThi
curHaiM 1 o thineTpanii 3 sepxHiMu mexkamu 5 i 200 I'u sianosiaxo
nopasany Ha camonuceub. lonodopernuHi cTpyMH nojasanu yepes KOHTYP
mocra nincumosaya (Axoprobe 1 A, Aron Instruments). Jlani ananizysanu
GesnocepeHLO - caMonMCIlA, MOTIM CKaWiloBanu 1 3a [0 .OMOrow
KomepuiiitHoro rpadiyHoro mnporpamHoro 3abe3nevyeHHs BHIMOTOBJISAJH
pucYHKH. BumipioBaHna 3nificHioBanu B Kamepi ans 3pisie cyGimepciiiHoro
THMY 3 TePMOCTATUMHO KepoBaHWM Harpisavem. Bci BumipioBanus
spificHioBanu npu Temneparypi 31-32 °C.
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licrosoriunuii xkoutpone. [licns 3akiHyeHHs eKcriepUMEHTy 3pisu
(pikcysanu B 10%-soMy po3unni chopmanina s nopansioro ricronoriyHoro
KoHTpomo, TofTo niaTeepipkeHHs HasBHocTi 3HauHOi 3a po3mipoM 30HH
nponidepauii rniansuux knitun s o6nacri CA3 rinoxamna. 3actocosysanu
sabapenenns kpeswi-sionetom abo iMyHoricroximiuny peaxiiio Ha HassHicTs
I'db 3 sukopucranHam MowownoHanbHux awtutin (Boehringer Mannheim
Biochemica, No. 814369, Turp 1:2000), a Takox 3a AONOMOrOI0
fIePOKCHIa3HO-aHTHITEPOKCHAA3HOT METOMMKH,

PE3VJIBTATU TA IX OBI'OBOPEHHA

Pesynsrath ricronoridnoro KOHTpomio nosenu, mo, 8 obnacti CA3
3pisy tnionizoBaHoro rimoxkamna ulypa nepesaxHy GinmbinicTs KTiTHHHUX
€NeMEHTIB CKIanany rnianbHi acTpouMTapHi KIITHHM, OCKUIBKH NpPaKTHIHO
Bci weitponm perpamysanu, OmiKe, OYEBWIHO, WO caMe TPaHCHOpTHI
MexaHisMu MemOpaH acTpouuTis MalOTh MPAKTHYHO LiikoM o6ymosmoBaTH
amiam pHo. 3asmikn aii uux Mexanismis ammutityaa xkucnoTHux 3pymens pH,
aki suwmumkatotses  [K'o-3amexnoo nemonspusanielc memGpas, 3HAYHO
aGinbuiyersca y NoOpiBHAHMI 3 TOO, MKa crocTepiraeTecs B iHTAKTHOMY
rinoxkammi, Mo € iIeaNbHOI YMOBOKO ULl BUBYEHHSA LHX 3pyllieHb Ha JaHOMY
npenapari. :

Kuenorui apymenun pHo. Tonodopes K' 8 ofnacts CA3 spisy
raionizosadoro rinokamna TPU3BOAMB A0 HOCHTH 3HAYHONO KMCIIOTHOrO
spyiieHHs nosawnitunxoro pHo, npudvoMy wWBMAKICT 3POCTAHHA LBOTQ
spymenns Gyna myxe 6113bK010 1o wiskakoct niasuuerns pisus [K'o (Puc.
3). .

17N
g

Puc. 3. Sanmcn pHo m [K']o nmin uac iomogopesy K'. Migrpumysanmit
ionodopernunmit crpyM (nokasano mia samucamy, 6 MKA) BHKINKAE TABHILCHHS PiBHS
[K+]¢, gKMit BEAKO HAPOCTAE [0 WAATO | CYNMPOBOMKYETHCH TPOXH MNOBUTbHIIIIM
NOAKITHHIEM 3AKHCTCHHSAM.



'Ticns suMukanHs ioHodopeTHyHOro iMmynscy sinfysascs noBinbHHUM
cnan ofiox KomrnoHeHTis. PesynbTaTi KOHTPONBHHX eKCePUMEHTIB TOKasany,
wo ionodopes K* 8 monensuy Gesknitumny crpykrypy (spis araposn 3.
ineHTHIHOI IOHHOIO KOMMO3HWLLIED) HIKONKH He BHKIMKAB 3pywenHs pHo.

IMopisuanns kucnoTHuX “3pymens pH, B ofmacri CA3 3pisis
ropmanbHoro 1 ralonizosanoro rinokamna. Ilpn BMKOpHCTaHHI OJHAKOBHX
3a Benu4HHOW  loHo(opeTHYHHX iMNY/LCiB, KOTPI BUKIMKAIH ifeHTHYHE
36inbinenns pisva [K'lo, MM nopisHioBanu aMnuiTyan KHMCIOTHHX 3pylUeHb
pHo B ofnacti CA3 3pisis HopManbHOro Ta raionisosaHoro rinokamna ugypa.
I3 Puc. 4 BMaHO, 10 KMCJOTHI 3CyBM B 3pisi rmionizosanoro rinokamna
MOPISHAHO 3 KMCNOTHUM!' 3CyBaMM B 3pi3i HOLManbHOro rinokaMna
HapocTaloTh wWweWmme i ix ammnityna Gimewe B 2-3 pasw. Taka cama
siaMiHHicTs criocTepiranacs npu wMpoKoMy Bapitopanki konuewnrpauii K.

TAIONBOBAHHA 3P13 HOPMAJIbHHI ws

“[[/_\/\ /b" S -
’*Wf)"f% ﬂ/}“fﬁ

Pyc. 4. Kucnorui spymenns pH 8 ofsacri CA3 spisis rnionisosanoro Ta
RopMasbHOro rinokamna. lNpu sukopucranHi K's l.nenrum KOHUEHTPaNiax KWMCIOTHI
BpymieHHS pH B rionisosanomy spisi B xinbka pasin Ginbwi, HiX B HOpMasbHOMY.

Jyxui spymenns pHy 8 yuronnasmi acrponmris. B 56 acrpoumrax,
KOTPi 3HaX JMNMCA B cepefloBHil, Ake MicTuio B cobi GikapGoxartuuit Gydep
(35 MM), cepenniii crauionapuu#i piseds pH; cranoeus 7.03 = 0.02 npu
cepeanboMy TpaHcmemGpannomy norterrtiani -82 + 0.9 mB. Ionodopes K
BHK/IMKAB Jienoi.pH3ailiio memGpaHM acTpoumMTa, fKa Kopes.osana 3
BHYTPILLIHBOKNITHHHIAM JIYKHHM 3cyBoM. [3 Puc. 5 sunHo, uo, yum Ginsuioo
Gyna nenonspusauis, sxa iaykysanaca K', tam Ginsuum Gys nyxuuit 3cys
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Puc. 5. Buyrplussoxnitunni ayxui spymenns pHj, suxmuxani Iono@opleaou K,
© Konam mu suxopucropysanu iomodoperwuni crpymmu, cuna skux spocrana (1, 2, 3
" MKA), nenonsipusanis memGpanw Ta ayxui amimenns pHj s6imbmysanuce. Ilicas
BHMHMKAHHS CTpymy pisenn pH;j maGauxascs jo cBOro mepsw.Horo pisms, ane ftoro
BigHoBnenns we Gyno noBmmM.

B peskux Bunagkax micna BuMukaemx ioHodopermuHoro iMmynscy pisess
pHi He nobepraBcs 10 CBONO MEpsHHHONO 3HAYEHHA, ANe BUXOMMB Ha JCAKHH
HoBMit Ginbiu myxHMil crauionapHuii pisens. TIpu Lu.ouy romOpanHui
MoTeHLia] MoBHICTIO BiHORTIOBABCA.

. Buums iosis Ba®* ma xucnorsi spymensin pHy Ta nyxHi 3pymenns pH;
B umroryiasmi -ctpoumris. lowm Ba®, Gnoxyoum kaniesy nposimicrs,
inriGysanu xaniflingyxopasy genosapusauiio MemGpanu actpoumtis. Lle
NPH3BOAWIO N0 MOBHOTO YCYHEHHA AK KHCJIOTHHX 3pywens pH, Tak i
mmmpmymmmmw 6, A, B).

. Koporkouacha cynepdysis ioHamu Ba?* suwmixana nenonspulaiiine
3MilleHHs TpasicMeM0GpaHHOrO [OTeHHiaNny, KOTPe CYRPOBOJUKYBANocs
NOBUTLHUMM 3MiHaMy crauioHapHux pisuelt pHo Ta pHi (10610 sinbysanocs
SHWKEHHA nepworo Ta migsMuienns - apyroro) (Puc. 6. A, B). Orxe, i
KUCJIOTHI 3pYIIEHHS B MO3aKAITHHHOMY CEpeloBMILt, i y>XHi 3cyBu Beepenuui
wittuam  o6ymonmolotses e nimpumenkam [K'lo, a came 36inbimennam
nenonsipusaiii MemOpanu acTpouMTa, IHAYKOBaHOI BIANOBIAHHMM piBHEM
mimsumenns [K'o.

Harpiiizanexne kucnorne spymenns pH, B spisax rniomizosanoro
rinokamna. Sk summo i3 Puc. 7, A, konu 3amicts poa'mua Piurepa
puKOpHcTOBYBanu Gesnarpiesmit posums, B kotpomy Na® samimiosanu Ha
N-METHAIMIIOKOMIH Ta XONiH, KHCIOTHE spymenm B NO3aKNiTHHHOMY
npoctopi 6nokysanoca nomicm



hu.l-"
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Puc. A-mmeapymunpﬂo.mnhumumphqnx*
ofopoTHbO yCyBaeTRCH Ba® » koHuentpauii 1 MM, B.- ryxue spywenns pHi Ta
Aenonspusanis MemOpans, BUKIHKAHI NiIBMIIEHHSM piBid x5 oflopotHbo yCyBalOTBCS
Ba’* » xomuenpauii 2 WM. B - sunws Ba’ wa pHi. Koporxowacse mpukanaus
Ba’ koHuenTpauil 2 MM BukAHKaE JAen.aspusauiio ueuﬁpaaa Ha 40 MB Ta
craiioHapHe 3anyXKyBAHHE BEYTpimHbOKAiTHHHOrO BMicTy Ha 0.3 opumuui pH. ITicns
BigMuBAHHS Npenapaty pisenb meMOpaunnoro notenuiany ta’ pHi sigHosmosanucs,

A- l.unpm. 0 Na' "
"

~AYeT

"l'/\—f\A SRS f\.f\

Puc. 7. A - BB Gesnatpiesoro posunry Ha kdaiitsanexui kucaon .0 apymenns
pHo, Kucsiorsi spymenns pHo y sigcymsocri Na' nossicmio i ofoporubo inrifysanucs.
B - s Gessarpiesoro posuuny Ha kajifisanexui nyxwmi spyw ums pHi. B ymosax
20-xswnuHEoi  excnoswuli npenapary B Gesuatpiesomy posummi  crnoctepirasu
inri6§ samis ayxnoro spymenus pHi na 63%. Yepes 6 xa nicas piiMuBasks ammwiiryna
NOBHICTIO HE BiHOBAIOBANACH.

Ileit ede ;v Gys obopornim. Crauionapuuii pisens pHo npakTiuno He
IMiHIOBaBCA.

Harpiitzanexne myxne spymenss pH; B muromnazmi acrpountis, B
ymosax 20-xsunv 1Hoi excnosuili npenapaty B Ge3HaTpiesoMy CI€ROBULL]
sinfysanoca o6oporHe yacTkope GIOKYBaHHA BUKIMKAHOIO NEMOAPU3ALIEIO
nyxHoro 3cysy pH; B acrpounrax (Puc. 7, b).
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B cepeanbomy iuribysanns cravosuno 40 = 9% (n=7). B
GeanarpicBomMy CepefoBMILI MW HIKONH He crocrepirain  NOBHONO
, GMOKYBaHHS BHINIMKAHWX AENOApu3auicio MemOpanu JiyKHuX 3pywens pHi
| B aCTPOLIMTAX,
3rigHO 3 HAWMMM  BUMIPIOBAHHAMM 3 BUKOpUCTaHHaM Na'-
CENeKTHBHOTO eleKTpona B ymosax, konu Na' sumusanu nporarm 2 xs i3
eKCIEPHMEHTANbHOT KaMepi, NopisHAHHE BHCHaXeHHA no3axiituunoro K'
pinbysanoca Ha npotasi 20 as. Omxke, BiacyTHiCTs NOBHOro iHriGyBaHHs
© nyxHux 3cysis pH; y ﬁezna-rplcaomy CepefloBUill He MOXHA MOACHHTH THM
" thakrom, wo sunyuenns Na' i3 posumiy Gyio HENoBHUM.
BikapGonarsanexne xucnorne spywenns ph, 8 spizax mionizosauore
rinokamna. Konu mu 3ami..jopanu cravpapruunii GikapboHatHuit posuun wa
HacuyeHuit Kuchem posums 3 HEPES-Oydepom, sinfysanoca oboporne
HOCTaTHBO cunbHe iHriGysanHa (Ha 75 = 5 %, n=8) BHKIHMKaHOrO
nenomipuaauiem meMOpanu KucnotHoro scysy pHe (Puc. 8, A).

A v

T e g O 0 - WA

Puc. 8. A - Bnams posunny, kotpuii Mictus B co6i HEPES-Gydep, ua
kaniiisanexni kucnotni spyweuns pHe. HEPES sukankae oboporHe . ieHuweHHs
ammaiTyM kKucaordoro apywesus pHo. B - npenapar cnouatky inkyGysann B posumsi
3 HEPES-6ydepom, a notiM nepenociwin B posunn 3 HCO3 na 12 xs. Jlyxuuit scys

1&?!{4 B posuunl 3 HCO3 Gys _ﬁim.me Ha 61%.
fiiih

Hagits npu tpusaniit (no 30 xs) cynepdysii po3uunom, Korpuit micTus B
cobi HEPES-6ydep, Mu Hikonu He cnocrepiranu nosHoro iuribysanms
KMCNOTHOTIO 3CYBY, BHKIHKAHOIO nenonnpn:auiélo. OuesuaHo, ue MOB'A3aAHO
3 THM (haKTOM, 110 B YMOBax BHKOPMCTAHHA [AHOTrO MPENapaty NOBHICTIO
BHAYYHTH foHu GikapGoHarty i3 po3uMHY HEMOMIIHBO.

Binomo (Chesler, Chen, 1993; Voipio, Kaila, 1993), o B Tkauusi 3pisy
Binbysactbca meraboniuxe yrsopenns CO;. Orxe, MOXHA, NPHIYCTHTH, LIO
HaBiTh y pasi BukopucTanua posuuny 3 HEPES-Gydepom y nosawnirunsoMy
MPOCTOPi, OYEBMUIHO, MPUCYTHA 3AMMIIKOBA KoHuUeHTpalis 6GikapGowary
(nexinska MM).
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BikapGouaraanexui myxul 3pywenus pH; 8 nuronnasmi acrpounuris.
Iepexin sin HEPES-Gydepa no HCO3-6ydepHoro posumsy 3aBxmu
cynposopKyBasca HeauauHow (2-4 mB) rinepnonspusauicio MemGpanu, a
3soporhuil repexin (sia HCO3-Gypepa no HEPES-GythepHoro posumny) —
il nenonapusauicio (rakox Ha 2-4 mB) ‘(Puc. 8, B). Buxnukani
nenonspusauiclo nyxHi scysu pH; B posunni 3 HEPES-6ycdepom Gynu abo
MeHLMMH, a00 IIeHTHYHUMH, X04a HIKONH He NepeBMILYBATH PiBHA 3CYBIB
pH; y HCO3-6y(epromy cepenosmiui. Binomo (Thomas, 1984), uio y posuusi
3 HEPES suytpimnsorititTiHHa OydepHa eMkicTh 3aBXaM 3MEHILYETBCA.
Opnak wawi nadi ceigyate Npo 3meHweHHA (MpuYoMy ue criocrepiranocs
3apxnM) cymapHoi cekpeuii kucnotHux exsisanentis B HEPES-Gydepromy
PO34KHi.

Yn mawts Kanifsanexui umml spywennsn pHo, Busnneni 3pizax
rnionizoBanoro rinokamna meraboniuny npupoay? Pauniwe Gyno nokaszaHo
(Orkland et al, 1973), w0 eHacninok mineumenus [K'lo meraGonism B
riaibHUX KNITHHAX NPHCKOPIOETsCA. Ane Hi 36inbenns npomykuii CO; abo
MONOYHOI KHCIoTH, Hi BXiA Ca’® He MOXYTh NPUIBECTH [0 IWIBMAKUX
KHC/IOTHUX 3pylienb (BuKnuKauux He 36inbmennam [K'lo, sk Takum, a
nenonapu3alielo MemGpanu, ingyxkosaHoio uuM 30inbwenHsaM). [Tpo ue
ceinuare Taki QakT: gani 3pywexHs we GynM uymMBi Hi 0 MiABMUIEHHA
piBas rmoko3u (no 30 mMM) (Puc. 9, A), Hi 10 BwiIyYeHHA IIOKO3H i3
cepenosuiua (B), Hi 1o npuknananHs inribitopis Tpaucnop'ry Monoquo!

A A PAI0K03A 5 f‘Jl'lgxuam : ‘!
N ~~ T 5}':[ o~ /__\
B KOHTPOJIL uri A oe-"
WA N~ |"""[ By O ,/\..

Puc. 9. ®axktw, mo csiguate npors meraboniumol npuposs xaniiisanexuux
kucnoTuux spymess pHo. A - sbimbments xouuewtpauil rmokosu (sig 10 go 30
MM) me smamBano HAa kwciotHi spymenns pHo. B - B ymoBax 35-xBuammmOl
ekcnoauuii npenapary B po3uuni Ge3s rmoxosn kuciorsi spymenis pHo we ycysammcs.
B - iuri6itop Tpascnopry monounoi kuciori LII'Ll He Gnokysap KHCAOTHHX SpymeHb
pHo. I' - B ymoBax 22-xsuianHHOI excnosuuii npenapaty s Geskansuiesomy cepenosmui
kucaothi apymenns pHo We ycysanmcs.
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KHCJIOTH @-uiaHo-3-rinpokcuuinHamara LICLL (5-8 mM) (B) a6o DL-p-
ﬂnpoxcuq:enumam (8 MM), ni no npuxnanauus Gnokaro 3 Ka/IbUIEBUX
xananis Cd%* (100 MgM), Hi 10 HOMIHATBHOrO YCYHEHHA Ca* ia PO3UHHY
D).

YUn € mexanizsm Kanliisanexunx kncnoramx 3spywens pHp i nymunx
spywens pHj «xnacHMHuM» mMexanisMoM cexpeuil KHCIOTHHX cnemenTin?
Haiibinew wMpoKko onucadi mexaiam cexpeuii KHCNIOTHHMX efleMEHTIB B
membpani rniansHux knitun caki: 1) varpidsanexnutt CI'/HCO3 olmin,
AKUi ﬁnoxyerbcu JUIC (Russel, Boron, 1976; Thomas, 1977; Schlue, 1992);
2) Na' /H oOMin, xotpuil inriGyereca amiopwaoM Ta Horo ananoramu
(Thomas, 1984; Ransom et al, 1992). BusgneHi HamMu KuCnoOTHI 3pylueHHs
pHo, KOTpI BUKNHKANMCS L. MONAPH3ALIEID, HE MOXHA BIIHECTH [0 XKOAHOrO
i3 uUMX TPaHCNOPTHMX MexaHi3mis. BoHu wHe OGnokysanmca Hi y pasi
npurnananua JIJIC (500 mxM) (Puc. 10, A), Hi y pasi tpusanoi (ao 75 xs)
cynepdyaii Hesxnopuum posuunom (B), Hi y pasi npuknananua aminopuaa

' (2 MM) abo #oro ananora EIITA (100 mxM) (B), abo x menw cneuudiuxoro
, inribitopa xapmanina (2 MM).

ST R e 5

MR r—~—— r~— o~ o~ /"'";;-

Puc. 10. Qakté, WO CBIAYATH NPOTH «KAACHUHOTO» MexaHiaMy cexpeuii
KHCIOTHHX efieMenTiB. A - katiiisanexui kucaoral spywenns pHo me Grokysanmcs
“H\H.C B xonuentpauii 500 mMxM. B - » ymosax rpusanol (a0 60 xs) excnoswuil
mpenapaty B GeaxaopHoMy posuuni Kaziitsasiexni  KHCAOTHI spywends pHo ne
ecysanucst. B - iuriGirop aminopuguyrausoro mavpiii-soguesoro ofminy EITA ne
GrokyBaB Xanif3aieXHHX KMCAOTHHX 3pyines pHo.

I3 Puc. 11, A suaHo, w0 TpuBaia cymnepdysia Ge3XNOPHHM POUHHOM
TAKOX 30BCIM He BIUIMBA/IA HA BMKIMKAHI JenoJiApu3auiclo NyKHi 3CYBH B
uMTonIasmi actpouuTis. [{o Toro x myxHi scysu Gynu HewyTnusi Hi mo JUIC,
Hi no ioro ananora JTHJAC (2 MM) (Puc. 11, B). |

He na kopucTh «KI1acHYHOM0» MEXaHiamy cekpeuﬁ KHCJIOTHUX elieMeHTIB
CBiTuMTE i TOM (hakr, 10 B PEAKTHBHHX acTPOLIMTAX BHYTPIIHLOKTITHHHMI
JNYKHHR 3CYB  3yMOBIIOETBCA KanmiifinyroBaHo jenonspusadielo  ix
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memGpan, Toni ax Na'/H' obmin abo warpiitsanexumit CI'/HCO3 obmin
IBUYAIHO  AKTHBYIOTh 3aKMCNEHHS BHYTPIIHBOKNITHHHONO CepeloBHILa
(Roos, Boron, 1981; Thomas, 1984).

2 nH HHI[C
Biassema o

Rt 2 ) T

T T e T Mg S W

Puc. 11. A - sanexumuit sip nenmupnmii ayxuuit scys pHi e € uyrnuBuM
N0 yCyHeHHs xnopy i3 posuwny: Bin Buumkas nicns 20- xsuanxHoro nepefysanus
npenapaty B Geaxnoprnomy posumui, B - snaus JHJAC na sanexuuit pin penonspusanil
memBpaun nyxuuit scys pHj. Pisenn ayxmnoro scysy pHj nicns npuxnagausus JHIC
(2 mM) nporarom 30 xB ne smimoBaBscs

Bnaus imriGitopis KA Ha xmcnorsi 3pywesHs B 3pisax
rnionizoparoro rinokamna, fk sinomo, CO2 — GikapGonatHa piBHOBara €
ronosHuM  (isuko-ximiuum Gydepom B MbXKKniTMHHOMY npocTopi.
linparauis  COz 3 dopMysannaM OikapGonarty BinOysaerscs mMopiBHAHO
nosinsHo. KA karanisye oGoportny rigparauilo COz i Gepe yuacts B perynsuii
nosakmituHHux 3min pH, (Chesler, Kaila, 1992). Ilpucyruicte KA vy
MO3aKNiTHHHOMY NpOCTOPi TKaHWHHM ~pisy rinokamma nrypa Gyna noKasaHa
pauime (Chen, Chesler, 1992). fIx sinomo (Chen, Chesler, 1992; Kaila et al,
1992), inribysanusa no3aknitunHoi KA Mae nesHuil BiMe Ha pan MexaHiaMis
sminu pHp, B ToMy umchi i Ha KucoTHi 3pyluerns pHo, BUKIUKaHI BUXOAOM
CO; abo sxomom HCO3. Lli 3pyumieHHs MOBMHHI 3MEHIIYBATHCS, OCKUIBKM
BOHH 3YyMOBNIOIOThCA wBuakow rigparauiero CO;. Hasnmaku, xucnortsi
3pYUIEHHA, MOB'A3aHi 3 CYMapHHM MPOTOHHMM OanaHcoM, NOBHHHI
36inbIIyBaTHCh, TOMY 1O Ui 3cyBu pH, npurHiuyioTbcs peakuico rigparauii
CO2. Sk eugHo i3 puc. 11, A, noraHo npoHuKalwuuii iuriGitop KA
Genszonamin (1-10 MxM), sk i inriGitop nosaknitunnoi KA JI3CA (Puc. 12,
B), BUKNMKAaE 3HaYHe MIACWIEHHSA IHAYKOBaHWX Henojspuaauiclo mMemGpanu
kucioTHux 3pyuieds pHo. B cepennboMy 36ibIIeHHS KMCIOTHHX 3pYIIEHb
pH,, Buknukanux Gexsonaminom, craHopuno 182 + 27% (n=6), BUKIMKAHMX
JA3CA — 125 + 45% (n=10).
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Puc. 12. Bnaue iuriGiv pis KA wa xaniiisanexni kncrotdi apymenns. A -
Genaonamia (1 - 10 mxM) - norano audyuaviounii inriGirop KA, sukamkae odoporue
3binblenns KucAOTHHX 3pyumiens, B - aexcrpanas'sayiounit cyandoamia (13CA) —
inribitop KA, BNpHcKyBa/iM Mii THCKOM fIOKANBHO Y NO3aKAITHHHKIL npocTip. Ockinbkn
HA3CA Gys posuvHeHuit y BIAHOCHO AYXHOMY CepeaoBWiull, BiH BHKAMKAB nepexiaue
aanykysanus (noxasano crpinkow). [licns nosepuenns p.uug pHe o nepaunuoi
BEJAMUMHHK  Kanifisanexuuil xucnotumit 3scys pH y nopisusuni 3 koutponem
3byabwysascs. 3 sigrarenuam audysil inriGitopa via micus ioro BupuckysaHus uei
‘eheKT 3HMKAB 30BCIM.

Mexanism, KoTpHii 0fymoniioe oaHo4acHo i kucnorui spymenus pHy

I nyxul spymenus pH; B acrpoumtax rinokamna wypa. B peakrusHux
acTPOUMTAX  BJIACTHBOCTI  KaliHiH/VKOBAHOIO  KMCIOTHOIG  3pPYLUEHHA
ONTUMaNbHO y3romkeHi 3 akTusauicio enekrtporensoro Na'/HCO3-
3ANEKHONO KOTPAHCTIOPTY, KOTPHi NEpeHOCHTh BCePEAHHY KIITHHY DAUH ioH
Na'® pasom 3 nsoma aGo Ginbuwe iowamu GikapGowaty. Ha kopucts usoro
ceinyath Taki ¢aktu: 1) KucnorHi 3pyweHHs oGOpOTHBO YyCyBaIMCH B
Ge3narpicBoMy cepefiosuilli, 2) 00OPOTHHO 3MEHLUYBAIHCA Y HOMIHANILHO
" GeabikapGouarHomy posumui, 3) Gynu weuymusi no Tpusanoi inkyGauii B
GeaxnopHomy posumHi. JI0 TOro » KMCJAOTHI 3pyweHHs He Gnokysanmucs
JIUJIC, kotpa mosxe inriGysatn Takuii Mexadism (Boron, Boulpaep, 1989), ane
X sinomo, mo He sei Na'/HCOs-3anexui KorpaHcnoprepu wqytnusi 1o
crinGexosux (Aickin, 1988; Kettenmann, Schlue, 1988; Korbmacher et al,
1988). KaniitinaykoBaHe 3aKHC/IeHHA MO3aKTITHHHONO npocropy GnoKysanocs
Ba™, Kpim Ttoro x Ba® cam no coBi BHKIMKAB KHCHOTHMi 3CYB Bill
nepBuHHoro pisHa pHo. Lli pesynsratm rosopare npo Te, w0 cekpeiis
KMCTIOTHMX esieMeHTiB 06yMOBNIOBANIACH NEMONAPU3ALICIO, OYEBHIIHO, 3ABAAKH
nii  enekrporensoro Na'/HCOj3-sanexsoro kortpaHcnoprepa. Hesenuxa
rinepnonapu3aiia MemGpaHd acTpouMTa, BHABIEHA NPH 3aMini po3uuHy 3

JIHB im. B. Crebannka |
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HEPES-Oyepom Ha pozums 3 HCO3-Gydepom, Takox csiauuts rnpo
HaABHICTL BXIHOrO eNeKTporeHHoro Korpamcnopry. IcrotHe 36inblueHHs
KWUC/IOTHMX 3CyBiB npH inriGysanxi nosaknituiHoi KA ogHo3HawHO roBoputs
npo Te, o Bouu obymosneni abo suxonom ionis H' um iHwmx xucnor, abo
x sxenom OH™ um iHwmx HeGikapGoHaThux OCHOB.

Ak ysromkywTbCA Ui  MOXKIMBOCTI 3 BMABNEHMMH  HaMH
BikapGoHaT3aNeAKHUMH KHCIOTHUMM 3pywieHHamMu? Hailbinbw npuitHATHHUM
MOACHEHHAM HaMm yapnserecy Taxke. OuesnaHo, came ioHH CO‘; (a we HCO3)
€ ONMHULAMK, SKi TPAHCNOPTYIOThCA. 30inblienHs KowuenTpauii ionis H' y
MUKKTITHHHOMY NMPOCTOpPi, BUKIMKAHE JIEI0 TAKOro MexaHi3my, o0MeKyeTbCa
B OCHOBHOMY 3anexHoio Bin KA nerinparauicio ionis HCO3 i Tomy mycuts
nincunosatucs inriGitopamu KA. B mawomy kontexcri sxin CO3 a6o
Cé'a—auiouuux KOH'IOraTiB - MOXe TMPH3BOOMTH M0 KWCIOTHOIO 3CYBY B
Mo3aKkNiTHHHOMY npocTopi, i ueil edekr niacunoersea iHribyeanHam KA.

B rnionizoBaHux 3pilax rinokamna XapakTepUCTHKH BMKIMKaHHX
aenonapusauielo  nyxHMx 3cysis  pH; nofipe  ysromkyiotsca 3
XapakTEPHCTHKaMH CYNMYTHUX KHCTOTHMX 3pyweds pHo. 1 mosawnitumui, i
BHYTPilIHBOKNITHHHI  3Mivm  pH  iMityBanmca  GapiitinayxkoBanoio
nenonspu3auieio. lo Toro x obuasi kaniiinaykosani pinnosini 6noxysanuca
Ba™. Taka noni6uicts xapakrepuctuk pHi Ta pHo cBimMT: Npo Te, wo ui
spywenns pH 3ymoBnewi nenonspusauielo membGpanu. TpancmemOpaHHa
cHMeTpis BKa3aHMX BnacTuBocTeid BinOuBac Toil dakt, W0 No3aKNITHHHHH
KHCJIOTHHI | BHYTPILUHBOKTITHHHMH JyAKHHI 3CYBH € CKIAIOBHMM OQIHOIO i
TOrO  CAMOr0 MeXaHi3My CeKpewuii ‘KHCIOTHHX eJieMeHTiB. K MM Bxe
BiIMiYaIK, NO3aKNITHHHI KHCNOTHI 3CYBM MOXKHZ TMOACHHTH HaABHICTIO
pxinsoro Na'/HCO3-3anexsoro Korpaucrioprepa. loHHa, —3anexHicTs
BHYTDIHKOKNITHHHOTO  3alyKyr"HHS  TiATBEPIKYE nomibHiCTh LM
TpaHcMeMmOpaHHuX 3pywiedb pH. Buknukanmit nenonspusauieio memGpanu
nyxuuit 3cys pHi, sx i xucnoruuit scys pHo, KOTpHit #Oro CynpoBOKYE,
aktusylotscs ionamu HCOj (Grichichenko, Chesler, 1994a).

IlincymoBylous  fgadi, OTpMMaHi 3a JONOMOrO0 Mo3a- Ta
BHYTPIIHBOKTITHHHHX BUMIDIOBaHb, MOXHA 3pOOMTH BHCHOBOK, IO
peaxtuBhi actpouutd Mmaiots Na'/HCOz-3anexuuit mexanism cexpeuii
KMCJIOTHHX €JIEMEHTIB, KOTpHHl aKTHBYEThCA Jenonspusauicio memOpaHw.
Onucani HAMM XAPaKTEPUCTHKM LIBOFO MEXaHiIMy J[03BO/NAIOTE 3pobHTH
BHCHOBOK, w0 Hum € Na'/HCO3z-3anexuuit xotpancnoprep. OmuHKLsMY,
AKi TPaHCMOPTYIOTBCH, €, OYEBMAHO, AHIOHH CO3 (abo COj3-anionni
kon'toraTi) Ta Karionu Na'. :

PeaynbratiH npoBelieHOro HaMH JOCHIDKEHHS BKasyloTh Ha icHyBaHHA
NONATKOBOTO HaTpiliHe3anexHoOro MexaHiaMy, Korpwii Oepe yuwacte Y
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BUKJIMKAHOMY JHernonspu3auicio MemOpaHW  3anyxyBaHHi  LMTONIA3IMH
peakTuBHMX actpounTis, OCKiNIbKK el MexaHiam He Nos’a3anuii 3 BUKHUIOM
KHCJIOTHMX eNeMeHTiB uepe3 nnasmaruudy wmemOpany, BiH Moxke
sabesneuyBaTH B IHanbHMX KIiTHHAX Jeskuit piseHb He3sanexHocti B
momynauii BHyTpiluHboKAiTHHHOrO pHi BinvocHo nosaknitunoro pHo.

Kaniitzanexni xuciorui 3pymenns pHo, B 3pizax H( )mansHoOro
rinokamna. KaniiisanexHi kucnorni spywennsa pH, B obGnacti CA3 3pisy
HOPMANIBHOTO TinoKaMna Maid Taky camy (apMmakonoriyHy Ta ioHHy
yyTuBicTs, AK 1 Kaniiizanexui kucnothi scysu pHo B obnacri CA3 3pisy
rnionizosaHoro rinokammna, Xoua i meHwi 3a amnnitynow B 2-3 pasu. Taki
scyBu ob6opoTHeO iHribysanuca ioHumH Ba® pa3i ix 30BHiLIHBLOrO
npuknaganis, ofoporHbo ycysanucs B GeiHarpiesomy cepenopuidi Ta
o6opoTHLO MIACHIOBAIKHCA NI BIJIMBOM NOraHO MpoHnKaw4oro ixriGitopa
KA Geunsonamiza. Bce wue n03ronac npunycTHTd, o B MemOpaHax
HOPMAIBHUX acTpoumTie, AK i B ymosax Hawoi moueni, icHye Takuil camuif
Na*/HCO3-3anexunii  MexaHi3M cexpeuii KHCIOTHHX efieMeHTiB, KOTpwii
AKTHBYETBCS JIenosApu3auicio Memopauu.

3uauyenns cexpeuil KHCIOTHHX eneMeHTIB mhicw is craﬁbllsauﬂ'
HeiipoaHol akTiuBHoc. i, Hawi nawui csinuats npo re, wo 8 raii ccasuis icuye
floreHUifiHA  MOKIUBICTL s pyHKuUioHyBaHHA MexaHisMy cexpedii
KMCJIOTHHMX €NIeMEHTIB, KOTPHil aKTMBYETBCA nenonapu3auicto memGpanu.
Ockineky rnianeHi MemOpaHu MOXYTh 3HAYHO JAEMONAPH3YBaTHCA NiA “ac
¢izionorivnoro nmincunenna Heitponnoi axkrushocti (Kelly et al. 1974), nei
MEXaHi3M MOKe ICTOTHO BM3HAYATI - BENMMMHY 1 HarnpaMm iHAYKOBaHMX
HellponHowo akTuBHicTIO 3pyweHs pHo (Chesler, 1990). B neaxkux oGnacrax
HepBoBOT CcHMCTeMM e)eKT ceKpeuil KMCIOTHMX ENeMEHTIB M0 Moxe
MAaCKyBaTHCA  MO3AKIITHHHUMH  NYXKHUMH  3PYWIEHHAMH  BHacliaok
cHMHanTMuHOT aktuBauil Hefiponis. llsuakicTs 3poctanHs i cnamy uMx

,,napmum noplnume WBMAKOCTI 30iNbIIEHHA | 3HWKEHHA KOHUEeHTpauii

goeniwHix ionis K (Kraig et al, 1983; Chesler, Chan, 1988). l'll.acwleuwl
MYKHMX_3pYLlIeHk, BUABNCHE B LIMX YMOBax, B pasl NPHKIAIAHHA Ba®* mosxe
3YMOBNIOBATHCE CENIEKTHBHUM iHriOyBaHHAM ceKpeuii KMCNOTHHX eneMeHTis
rmielo (Chesler, Kraig, 1989; Sykova et al, 1992). B imwumnx ofnacrax
HEPBOBOT CHCTEMM, HABMAKM, CEKpeUis KHCAOTHMX eJieMeHTIB el Moxe
Oyru nominyounm dakropom y nosaknituanomy 3cysi pH. Tak, nanpuknan,
B npenapari CrHHHOrO MO3KY CTHMYJIALIA JOpcaibHMX KOPiHUIB NMPH3BOAKMIA
J0 WBHAKMX KHCIOTHUMX 3pyieHb pHo, KoTpl niacuniopanuca inribitopamu
KA (Sykova, 1989; Sykova, Svoboda, 1990). Ileii eekt € ayxe nomiGHum
no edekry niacuaeHHS KMCAOTHHX 3pylleHb B rrionizoBaHMX 3pizax.
DyHKuioHanbHy ponb ceKpelii KUCAOTH MOXKHA PO3ITIAHYTH B KOHTEKCTi
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Heitponnol 36yMBOCTI, KOTpa MOAe 3HAYHO NiIBMILYBATHCA B YMOBax
HepenKoro Jiykuoro 3cysy pHe (Krishtal, Pidoplichko, 1980; lijima et al,
1986; Krishtal et al, 1987; Tang et al, 1990; Tranelis, Cull-Candy, 1990;
- Barnes, Bui, 1991). Binomo (Kraig et al, 1983; Chesler, Chan, 1988; Chan,
Chesler, 1990; 1992a, 1992b, 1992c; Kaila"et al, 1992), wo B IIHC
3any/KyBaHHA MIAKNITHHHOrO NpoCTOpY € THMOBHM HACHiJIKOM rmpoLecis
cunanTuunol nepenayi. Benbmu nepexonnusUM YABIAETBCA ToOM hakt, w0
CeKpelis KUCNOTHUX enemeHTiB 0aM3LKO PO3TALLOBAHUMH  IIANBHHMK
memOpanaMy, KOTpa CynmpoBOMKYE 3ralaHMii  npouec, Moxe Oytv
KOMMOHCHTOM MexaHi3ma ofMexeHHA BKa3aHuX JIYKHMX nepexonie i, omxe,
Gparu yuacts B ctabinizauii Heiiponnoi 30ymmsocti (Chesler, 1990; Deitmer,
1992; Ransom, 1992; Sykova et al,, 1992).

BHCHOBKH

1. Bnepwe Ha 3pizax mo3ky ccasuis (npenapatd obnacti CA3
rNioNi3oBaHoro rinokamna wiypa) nokasaHo, WO B MemMOpaHax peakTHBHHMX
acTpoUMTIB iCHYE aKTHBOBaHWH jenonApu3alliclo MemOpaHu Na'/HCO3-
3aneAKHUil MexaHisM Tak 38aHOI CeKpeulil KMCIOTHHX EJIeMEHTIB.

2. Jlauuii KOTPAHCTOPT TEpeHOCHTh BCEPEIMHY TIMianbHOl KNITHHU
pasom 3 ioHamu HaTpiio iowu kapGouary (ane He OikapOonarty), mwo 6yno
NPOJIEMOHCTPOBAHO 33 jonomoroio  iHriGiTopiB  mosakniTHHHOL
KapboaHriapasu.

3. AxTuBHMI TpaHcnopr ioHiB KapbOHATYy BCEpeNMHY AacTPOLMTA
NPU3BONNTE JI0 IUBHAKOTO KHCIOTHOTO 3PYLIEHHA B MiIKKIITHHHOMY
npoctopi (scexkpeuii KMCAOTHMX el MeHTiB») i OIHOYACHO 3 LIMM 3YMOBIIIOE
BUK/HKaHe Jenonspusauicio memOpaHH WBWIKE 3ATYKYBAHHA LMTONIA3MH
PeaTMBHOrO ACTPOLIMTA. .

4. TToxasaHo, mo B actpoumrax obmacti CA3 HopmansHOro rinoxammna
. ichye Taxuit cammit TMn Na'/HCOj3-3aneKHOTO KOTPAaHCTIOPTY, KOTPHH

00yMOBJIIOE - MEHILIE 33 aMIUTITYAOI0 MOTEHLiaN3AeKHe KUCIOTHE 3DYLIeHHS
pH B MIKKIITHHHOMY NpPOCTOpI.

5. BHCNOBMOETBCA MPUNYILEHHA Npo Te, L JenosApu3ais memOpaH
acTpouMTiB rinmoKammna ccaBlliB aKTHBYE J0NATKOBMI HaTpiliHe3anexHHi
MEXeHi3M, KOTpHi poGWTh meBHMIl BHECOK CaMe Y BHYTPIlIHBOKIITHHHE
3ayKYBaHHA acTPOLIMTIB, @ He B «CeKpelil0 KMCJIOTHMX elleMeHTiBs uepes
n1a3MaTaaHy MemGpaxy.
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A depolarization-induced rise in astrocyte pH; may reflect the rapid
secretion of acid into the extracellular space during neuronal activity. To
further evaluate this process, we studied K'-induces shifts of pH; and pH, in
CA3 region of rat hippocampal slices made gliotic by kainate. K* was
iontophoresed while recording either pH; from astrocytes or, pHo from
extracellular space. The data are consistent with inward, electrogenic,
Na*/HCO3-dependent transport. Results from using inhibitors of extracellular
carbonic anhydrase showed that the inward transported species are likely to
be CO3, and Na*. These results futher indicate that rapid acid secretion and
cytosolic alkalinization of astrocytes arise from the same process.

Fpuutenko Hpuna HWeanosna <[loTeHunzn3aBuCHMbIiE  MeXaHH3M
BHYTPHUKNETOYHOrO 3alUeNavyMBaHMs W BHEKIETOMHOro 3aKHCJIeHHA B
ACTPOLINTAX FHMNMOKaMNa KPbiCbls,

JluccepralMs Ha COMCKaHMe y4eHoil cTeneHM KaHanpmata GHONIOrHYeCKHX
Hayk no cneumansHoctd 03.00.13. - ¢m3Monorua venopeka M KHBOTHBIX,
Un-1T dmanonorun um. A. A. Boromonsia HAH Yxpaunsi, r. Kues, 1995,

HJY‘I&HHCB CIABHMIH KHCJIOTHO-1LEJIOYHON0 pPasHOBECHA MEXKIIETOYHOIo
npocTpadcTsa (M3mMeHeHwe HapyxHoro pHo) M umrorasmsl (M3MeHeHHe
pHi) rIManbHBIX KIETOK rMnnokamna Kpsicsi npu nossiennn [K'lo. PaGora -
BLITIOJIHEHA Ha TJIMOJIM3HPOBAHHLIX Cpe3ax, MOJYYEHHBIX B pe3yJsibTare
MHBEKUMM KauHOBOM Kucnotel B obnacte CA3 runmnokamna Kpsichl.
Ilokasawo wHanwume rnmanshoro Na'/HCO3-3aBHCHMOrO  KMCIOTHO-
TPAHCMOPTHOTO MEXaHW3Ma, KOTOPbIA B OTBET HA AENONAPH3aLIMIO MeMGpaHsl
actpoumta (npu nosbiwenun K') aKTHBHDYETCH W BHI3HIBAET KHUCIIOTHBIA
CABMF B MEXKIeTouHoM npocrpaHctse (pHo) H oOnHOBpeMeHHO ¢ 3THM
., IIeNIOYHO# ciBur B umTonnasme acrpoumta (pHi). Ha ocrosanuy usyueHns
KMHETHKH 3TOr0 KOTPAHCHOPTAa B YCTIOBMAX MHIMOMPOBaHHA BHCK/IETOYHOM
kapGoanruapassi B JanHoi pabore noka3aHo, 4To HOHB KapGonara
MepeHOCATCA BHYTPb acTPOLIMTa BMECTe ¢ MOHaMH Hatpua. IlpencrasnenmHsie
B paGoTe JaHHBIE MOKA3BIBAIT BOIMOKHOCTH TOMO, 4T0 janmbiik Na'/HCO3-
3aBMCHMBIH MIHANBHBIA «MEXaHH3M CEeKPELMH KHCIIOTHBIX 371eMEHTOB» MOXKET
NPUHUMATh aKTHBHOE Yy4acTHe B CTa0MIM3aUMK  KUCIOTHO-IENIOMHOIO
pasHosecus 1IHC muekonuTaomux.

Kmouosi cnosa: pH, acrpoumt, Na'/HCO3 xorpancnopr, rinokamn

nrypa. :
: Snxes 46/ Tup. 7@ axs.I994 r.YxpcnetpoHTaxnpoeKs
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