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ViccnepoBaHo BnMsHMe MoHoBaneHTHbIX aHmoHoB CI7, F~, Br7, I', NOs™ 1 NO,™ Ha nocneaoBaTenbHOCTb U3MEHEHUS
dopmbl 3puTpoumnToB (Mopdonorudeckoro oteeta, MO) B M30TOHMYECKON Caxapo3HOW cpefe. YCTaHOBMEHO, YTO
MO, koTopbIn coCTOMT U3 Tpex has, NpoTeKkaeT No-pa3HOMY B cpefax, CoAepXallux U He COAepKalLMX yKa3aHHble
aHWOHbI. YBENMYEHNe KOHLEHTPALMU aHMOHOB OT Hyns Ao 20 MM npuBoguT cHavana Kk uHrmbupoBaHuio dasbl 3
MO, a 3atem, nocnegoBaTenbHO, Kk MHIMBUpoBaHuUo a3 2 1 1, Takum obpasom, YTO B UTOre B cpefax C BbICOKOW
KOHUeHTpauuen aHnoHos (10 MM u Beiwe) MO nonHocThio NogaBnseTcs. Takoe NoBeAeHVEe XapakTeEPHO Anst BCeX
aHMOHOB, KPOMe aHWOHOB |7, KoTopble MHIMOUpoBanu a3y 1 B MeHbLUEN CTENEHU MO CPaBHEHMWIO C OPYrUMU.
OKCNEPUMEHTbI, B KOTOPLIX TO K€ KONMUYECTBO aHWOHOB 400aBnsnu K KneTkam Ha pasHbix ctagusx MO, nokasanu,
4YTO MX achdekT 3aBmcuT oT dasbl MO, B KOTOPbIX HAXOASATCA KNETKM B MOMEHT A00aBneHns aHnoHa 1 ero Tvna,
XOTS 60MbLUMX pa3nMymMin Mexay aHMoHamy yCTaHoBMNeHo He 6bino. Mpun gobasneHnn aHMOHOB B KOHLEe dasbl 3, Ha
KOTOpOW (hOPMMPYIOTCA CTOMAaTOLMTbl, MPOUCXOAUIIO MeASIeHHOE BOCCTaHOBIIEHUE AMCKOMAHOW (hOpMbl KMETOK,
npuM 3TOM aHWOHblI Mofda Tawkke obnagann HaumeHblen 3PQEKTUBHOCTbIO. [lonyyeHHble [aHHble MIoXo
cornacylTcs C npeanorioXeHneM, 4YTto Habniogaemble U3MEHeHUs popMbl  3pUTPOLUTOB  OBYCNOBMEHbI
M3MEHEHMEM KOHdOpMaUMM aHMoHHOro obmeHHuka AE1, 4To MOXeT ykasbiBaTb Ha To, 4to MO sBnsetcs
cynepnosvumnert KOHOpMaLMOHHbIX MNPEBPaLLEHUA B HECKOMbKUX TPAHCMOPTHLIX CUCTEMAxX, OOHOBPEMEHHO
aKTUMBMPYIOLLNXCS B AaHHbLIX YCIOBUSIX.

Knio4yeBble cnosa: apumpouyumel, cpopma, MOpd)OﬂOZU‘JeCKU[j omeem, Hu3Kas UOHHasA culla, MOHOoealleHMmHsble
aHUOHBI.

MopdonoriyHa peakuisi epuTpoUUTIB Ha 3MiHY efeKTPOniTHOro cknaay

cepenoBuua. lll. BnhnMB MOHOBanNeHTHUX aHiOHIB
C.B.PygaeHko, J1.lLUn, B.A.boHaapeHko

HocnigxeHo BnnuB MoHoBaneHTHUX aHioHis CI7, F7, Br™, I7, NO3s™ i NO2™ Ha pi3Hi dasu 3miHn cpopmu eputpoumTis
(mopdoonorivyHoi Bignosigi, MB) B i30TOHIYHOMY caxapo3HOMYy cepedoBuLli. BcTaHOBREHO, WO Ha Xxapaktep
nepebiry MB, gdka cknagaetbca 3 TpbOX a3, BMMMBA€E MPUCYTHICTb ab0 HaBnaku, BiACYTHICTb B CepedoBULLI
3a3HayYeHnX aHioHiB. 36inblUeHHs KOHLEeHTpauii aHioHiB Big Hyns go 20 MM npu3BoaMTb cnoyaTtky A0 iHribyBaHHSA
dasu 3 MB, a noTim o iHribyBaHHa a3 2 i 1, npu uboMy HeobXigHO 3a3HaunTK, Lo B cepedoBuLLax 3 BUCOKOKD
KOHUeHTpauieto aHioHis (10 MM i Buwe) MB uinkom HiBeneTbea. Takui xapaktep 3MiH BracTvBWA ANs BCiX
aHiOHIB, BMKIIOYaO4M aHiOHN oAy, L0 BUKINMKANM MEHLL BUPaXeHe iHrbyBaHHs ¢asun 1 nopiBHSAHO 3 iHWMMK. Mpu
AOAaBaHHi OO KMITWH TiET X KiNbKOCTI aHiOHIB Ha pi3HMX cTagisx MB npogemMoHCTpoBaHO 3anexHiCTb edekTy Bif
¢a3n MB i Tuny aHioHiB, HE3BaXKaK4M Ha BiACYTHICTb BUPA3HUX BIAMIHHOCTEW MK aHioHamu. Y BUNagKy AoAaBaHHs
aHioHIB HanpuKiHUi da3n 3, Ha AKin HopMytTbCA CTOMATOLMTK, BigOyBanocs noBinbHe BiQHOBMEHHSA OUCKOIAHOT
opMM KITiITUH, MPU LbOMY aHIOHW ody TakoX Oynu HaiMmeHw edekTuBHi. OTpuMaHi AaHi He y3rogxylTbcs 3
NPUNYLLEHHAM, 3rigHO 3 AKUM 3MiHU (DOPMW Y EPUTPOLIUTIB 3yMOBIIEHI 3MiHOK KOH(bopMaLii aHiOHHOro OOMIHHMKa
AE1, Buxogsaum 3 yoro MoxHa npunyctuTtu, wo MB e cynepnosuuieto koHopMaLuinHNUX nepeTBOpeHb Y AeKiNbKOoX
TPaHCMOPTHUX CUCTEMAX, LLIO aKTUBYHOTLCH 3a AaHUX YMOB.

KnrouoBi cnoBa: epumpouumu, ghopma, MopghosioeiyHa 8idnoeidb, HU3bKa ioOHHa cusla, MOHO8a/IeHMHI aHioOHU.

Morphological response of erythrocytes on changes of electrolyte content of the

medium. lll. Effect of monovalent anions
S.V.Rudenko, L.Shi, V.A.Bondarenko

The effect of monovalent anions CI7, F~, Br, I", NO3™ and NO_2™ on dynamic of erythrocyte shape changes in sucrose
media (morphological response, MR) was studied. It was established that triphasic MR had different time courses in
media with and without anions. Increasing anion concentration from zero up to 20 mM results in inhibition in phase
3 first, followed by inhibition in phases 2 and 1 in such a manner that MR becomes fully eliminated in media
containing anions at concentration more than 10 mM. This behavior was characteristic for all anions except iodide
which was less effective compared to other anions. In experiments where the same amount of anions was added at
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different phases of MR, the phase and anion type effects were observed, although the difference between anions
was not pronounced. Addition of anions at the end of phase 3 where the cells were stomatocytes initiated slow
retransformation toward discs, the iodide again being less effective. The data obtained are not consistent with the
proposals as for the role of band 3 (AE1) conformation in MR, rather they suggest a possible involvement of
conformation state of other ion transport systems which become active under present conditions.

Key words: erythrocyte, shape, morphological response, low ionic strength, monovalent anions.

BBepeHue

B npeabligywmnx pabotax ObinO yCTaHOBNEHO, YTO Havboree pacnpOCTPaHEHHbIM TUMOM peakumu
OpMbl 3PUTPOLMTOB MOCINE UX BBEAEHUA B U3OTOHWYECKYID CaxapoO3HYK Cpedy C HU3KMM copepKaHuewm
WOHOB XIlopa sBNSAeTCA TpexdasHasa nocrnegoBaTeNnibHOCTb, cocTosAwas u3 obicTpon cepynaumm (dasa 1),
nocreayLLero BOCCTaHOBNEHNsT anckomnaHon doopmel (pasa 2) n noBTopHom chepynsauum (dasa 3), KoTopyro
Mbl 0603Hauunu kak mopdonornveckmn oteet (MO) (Pymenko n gp., 2007a, 20076). Bbino nokasaHo, 4To
pasnuyHble ¢assl MO 6nokupyloTCa MHIMBMTOPaMM aHWOHHOrO TpaHcnopTa W 3aBUCAT OT  TuUNa,
KOHLeHTpauum n BpemMeHn aenctemsa nHrnoutopos (PyaeHko u gp., 2007a, 20076). OTn faHHble yKasbiBaloT
Ha B3aMMOCBA3b (POPMbI KNETOK C NpoLieccaMm MOHHOrO TpaHCNopTa, KOTOpble MOCTYNUPYIOTCS B HEKOTOPbIX
mMoaensx perynaumm cdopmbl aputpoumnToB (Gimsa, Ried, 1995; Wong, 1999). Mexay Tem, dakT BNUSHUSA
WHIMOMTOPOB Ha opMy KNEeToK B cpefe C HM3KOM WMOHHOW CWUIOW MOATBEPXKAAET TaKyl CBA3b IULLb
OMnoCpefioBaHHO, MOCKOSbKY, BO-MEPBbLIX, W3BECTHO, YTO B 3TUX YCNOBUAX aKTUBMPYIOTCA W Apyrue
TpaHcnopTHble MexaHuambl (Bennekou et al., 2004, 2006; Bernhardt et al., 1987, 1999; Frohlich et al., 1983;
Jones, Knauf, 1985; Knauf et al., 1983; Sambasivarao et al., 1986), a BO-BTOpbIX, MOKa3aHO, YTO UHIMONTOPGI
@HWOHHOTO TpaHcrnopTa MOryT MHIMBMpoBaTb HE TOMbKO OBMEHHbIE MOTOKM aHUOHOB, HO U HETTO-MOTOKMU,
npupoda KOTOpbIX U MX CBA3b C (PYHKLUMOHMPOBAHMEM aHMOHHOTO obmeHHunka AE1 (6enka nonocbl 3) ewe
OKOH4YaTenbHO He ycTtaHoBneHbl (Frohlich et al., 1983; Jones, Knauf, 1985; Knauf et al.,, 1983). AE1
OCYLLECTBMSAET CBA3aHHbIN OOMEH BHYTPUKMETOYHbIX M BHEKNETOYHbIX aHWMOHOB Xxnopuaa u bukapbGoHaTa
(HCO3) ¢ BbICOKON CKOPOCTbIO, HO, KPOME 3TOr0, MOXET OCYLLEeCTBMAATL OOMEH 1 ApYrMX MOHOBANEHTHbIX U
OByxBaneHTHbIX aHnoHoB (Chapman, Kuchel, 1990; Dalmark, Wieth, 1972; Gasbjerg, Brahm, 1991; Gasbjerg
et al.,, 1996; Greco, Solomon, 1997; Wieth, 1970, 1979). Kak npaBuno, ckopocTb 0OMeHa WHbLIX aHMOHOB
3Ha4MTENBLHO MeHbLue ckopocTu obmeHa xnopuga (Chapman, Kuchel, 1990; Dalmark, Wieth, 1972; Wieth,
1970, 1979). MoxHo npeanonoxutb, 4to ecnm MO cBa3aH ¢ yHKLUMOHNPOBAHWEM aHMOHHOrO 0OMEHHMKa, TO
3aMeHa aHVWOHOB XxJlopyMAa Ha [JpyrMe MOHOBAalEeHTHble aHWOHblI [OIDKHA OTpa3uTbCA Ha Xapakrepe
Mopdponornyecknx npeobpas3oBaHUi B cpedax, COAEPXalMX 3TW aHWOHbI, YTO MOXET AaTb MOMEe3Hyto
WHOpMaLNIO Kak OTHOCUTENbHO (PyHKUMOHUpoBaHuMa AE1 B cpedax C HU3KOW WMOHHOW CUMOW, Tak U ero
BNUSHUSA Ha popmy apuTpounToB. NoaToMy Lenbto gaHHON paboTbl BbINo U3yvyeHne BINSHUSA aHMOHOB XIopa,
dTOpa, 6poma, noga, HATpaATa U HATPUTA Ha pasnuyHble asbl MO SpUTPOLUTOB B HEANEKTPONUTHON Cpeae.

MaTepuanbl 1 meToAabl

PaboTy npoBoAMnM Ha CBEXWUX 3puUTpoLMTax 4enoBeka, KOTopble [fBaxabl OTMbIBanM B
He3abydepeHHOM cusmnonornyeckom pactesope (150 mM NaCl), a 3atem ocagok passogunu B 10 pa3 B
nsotoHnyeckom pactesope HBS (150 mM NaCl, 5 mM HEPES, pH 7,4) n ucnonb3oBarnu Kak CTOK-CYCNeH3uo.
Ona n3yyeHus maMeHeHWn OpMbl KNETOK BO BPEMEHU WCMONb30Banu ABYXKaHasnbHbIA OPMOMETP-
arperomeTp PA-01, KOTOpbIN Hapsagy ¢ uaMmepeHnem ontudeckon nnotHoctu (OfT), nnm ceBeTonponyckaHus
namepsieT 1 prnykTyauum MHTEHCMBHOCTM CBETOBOIO MOTOKA, KOTOPbIE HECYT MHAOPMAaLMIO O hOpME KIEeTOK.
Wupekc dopmbl (UP) paccuntbiBannm no MpOTOKONY, OMNMCAaHHOMY paHee Ans onpefeneHnss opMbl
asputpoumnToB (PygeHko n gp., 1998), n sbluncnsanm no cdopmyne Nd=k-D, rae k — NnOCTOSIHHBIN KO3(PPULNEHT,
3aBUCALLMIA OT KO3 dULMEHTa YCUITEHNS curHana um oT kanubpoBku npubopa, a D — cpegHekBagpaTudHoe
3HayeHne amnnuTyabl OryKTyauunm CBETOBOrO MOTOKA, YCPeOHEHHOe Ha BpeMeHHOM WHTepBane B 1 c.
KannbpoBky npnbopa OcCywecTBNAnmM ycTaHOBKOM koadduumeHta k Takmm obpasom, utobbl NP, koTopbin
OoTpa)kaeT CTeneHb AMCKOMAHOCTM (Unn chepuYHOCTM) IpUTPOLMTOB, Obin paBeH 1-1,2 ansa guckos. B aTom
cnydyae 3HayveHve NP ans cdep nmeno 3HaveHune 0,07. B umnnHaprYeckyto CTEKNAHHYIO KIOBETY ANaMeTpoOM
10 mMm, copgepxawgyto 2 mn HBS, gobasnanu 7—9 MKN CTOK-CYCNEH3UU 3pUTPOLUTOB Takum obpasom, 4Tobbl
HavanbHoe 3HayeHne OI1 6bno B npegenax 0,30+0,01, 4TO COOTBETCTBYET KOHLEHTpPaUUU 3PUTPOLIMTOB
nopsiaka 6:10° B 1 mn. KnetouHas CYCMNeH3nsl nepemeluvBanacb MarHUTHOM MeLlankom co ckopocTbio 600
06/MUH. [JMHamMuka MOPONOrMyecknx M3MEeHeHUn mn3yyanacb Npu BBEAEHWW KNETOK B He3abydepeHHyto
cpeay 0,3 M caxaposbl (Merck), pH 5,8, cogep>kallyto unm He coaepkallyio uccnegyembole aHuoHbl. B gpyrmux
crny4yasix aHMoHbl Jo6aBnsANM HENOCPEACTBEHHO B KIOBETY U3 KOHLLEHTPUPOBAHHBIX PACTBOPOB A0 MOSyYeHUs
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3a[laHHOWN KOHEYHOW KOHLIeHTpauuun. Ha pucyHkax npeacrasneHbl TUNWYHbIE AaHHbIE, OT 3 A0 5 HE3aBUCUMbIX
3KCMEePUMEHTOB, NPOBEAEHHbIX C KPOBbIO pasnnyHbIX JOHOPOB NpU KOMHATHON Temnepatype 20—-22°C.

PesynbTaTthl uCcCnegoBaHus

Korga apuTtpounTbl MOMeLLany B U3OTOHWYECKUI pacTBOP Caxapo3bl C HU3KUM CogepXaHnem XIiopuaos,
Habnoganucb OuHaMmuMyeckme wusMeHeHWss opMbl  KMneTok. 3Ta mopdonormdeckad TpaHcdopmMauus
(mopdonornyeckuin oteet, MO) coctouT 13 Tpex ¢as: Geictpon cdepynauumn (dpasa 1), BoccTaHOBNEHUS
dopmbl, 6nunskon K guckongHon, (dasa 2) M nocnegyowen, 6onee MeaneHHoOM BTOPUYHOWM cdhepynsaumm
(dbasa 3). Mukpockonuyeckme HabnwaeHnsa NOATBEPAUNN, YTO KNeTKN Ha dhase 2 MMeroT ANCKOUOHYI0 opmy,
Torga kak Ha pase 3 oHu umeloT dopmy cromatoumtoB. MO npenctaenseT cobon [OCTaTOYHO ObICTPLIN
npouecc, npoTekaowmn B npegenax 1-3 mvH ¢ Mmakcumymom B uHTepsane 20—40 c¢ (puc. 1). Mbl nsyyanu
BNUSAHME MOHOBANEHTHbIX aHWMOHOB Ha Bce Tpu dasbl MO B Heckonbkmx noctaHoBkax. B nepsom cnydvae
aHWOHbI B 3aflaHHOW KOHUEHTpauun 0obaBnsnu B pacTBOP caxapo3bl OO KMNEeTOK U u3yvanu mx BrvsiHME Ha
xo4 MO. Bo BTOpoM cry4ae aHMOHbl JobaBnanu Ha makcumyme MO, 4TOObl YCTAHOBWUTL MX BMAMSIHWE Ha
nocnegytwoulee passutne ¢dasbl 3. B Tpetbem cnyyae aHuoHbl gobasnsnm yepes 150 ¢ mocne kneTok, T.e.,
dhakTu4ecku, nocre 3aBepLUeHns npouecca TpaHcdopmMaumm Ans nccnegoBaHnst ero o6paTMMocTiu.
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Puc. 1. MNMpumepbl xapakTepHbIX KPUBLIX U3MEHEeHUA ontuyeckom nnotHoctu (OI) m mHAekca
¢opmbl (UP) spuTtpounuToB BO BpeMeHUM (MopconorMvyeckoro orTBeTa) Nocrie UX BBEeAEHUSA B
caxapo3Hyi cpeay (0,3 M). Kaxpas kpvBasi COOTBETCTBYET MOJIHOMY OTAENILHOMY 3KCNEepPUMEHTY,
BKnw4Yyawuwemy BblaeneHne 3pUTPOUUTOB ABYX AOOHOPOB U MNMpPUroTtoBsieHMe HOBLIX pacTBOpoOB
caxapo3sbl

Ha puc. 2 nokasaHbl 3aBMCUMOCTU n3MeHeHna N Ha ase 1 oT KoHUEeHTpauum aHMOHOB B Caxapo3HOn
cpege. BugHo, 4To 9T 3aBUCUMOCTU ABMAOTCHA OAHOTUMHBIMU Afs BCEX aHUMOHOB, KPOME aHWOHOB MOAa, U
XapakTtepuayloTcs Bo3pactaHnem VI® no mepe yBenmyeHus ux KoHUEeHTpaummn. OTu AaHHbIe NOoKasbiBaloT, YTO
aHWOHbI MHIIMOMpYIOT hasy 1 hopmoTpaHcopmaumm, T.e. MPeAOTBPALLAT HayanbHY CEPYNALMIO KITETOK.
B aTOM OTHOLLEHMM aHWOHbI Moda okasblBaloT 6onee crnabbivi 3dEKT MO CPaBHEHUIO C APYTMMU aHUOHaMMU.
Ha puc. 3 n 4 npuBegeHbl aHanorM4Hble AaHHbIe B OTHOLIEHUW BANSHUS aHUMOHOB Ha (hady 3 MO B ycnosusix,
KOrfa aHWOHbI n3Ha4varnbHO NpUcyTCTBOBanu B cpede (puc. 3) u korga ux gobasnanu Ha makcumyme MO (puc.
4).

B oboux cnydasx 3aBUMCMMOCTU MMEIOT CXOXUI XapakTep, YTO CBUAETENbCTBYET B MOMb3y TOro, YTO
MOMEHT A00aBneHMsl aHMOHOB He MMEET CYLLECTBEHHOro 3HayeHUs A NPOsiBIEHUs UMK OroKvpyloLero
acbdekTa Ha aTy dasy MO. 310 noaTBEpPXKOAETCH TaKKe U TEM, YTO aHUOHbI MOAa HEMHOIO OTNINYAKOTCH OT
Opyrnx TeM, 4YTO Npu OOMbLUMX KOHLEHTpauusax cHwxkalT VP, 4yto npossBnsercda B ob6OMX MpuBEOEHHbIX
cny4yasx. Ha puc. 5 nokasaHa gnHamuka nameHeHuns U® B xoge MO v nocrne Toro kak aHuoHbl Jobasnsanu B
KoHue ¢asbl 3 MO. BugHo, 4To 37O NpUBOANT K MEOSIEHHOMY BOCCTaHOBNEHMo NP, koTopoe Takke 3aBUCUT
OT KOHLIEHTpaumu 1 Buga aHMoHoB (puc. 6). BnvsHne aHMOHOB 1ioga 1 B 3TOM Cryyae OTnM4yaeTcsl OT Opyrux
aHWOHOB TEM, YTO OHU MeHee 3PPEKTMBHbI B OTHOLLEHMN BOCCTaHOBNEHUA NP 1 B X NpuCyTCTBUN KIETKN He
NOMHOCTLIO BOCCTAHaBNMBAOT AUCKOUAHYO DOpMY.
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Puc. 2. 3aBucumoctb U® Ha chasze 1 MO oT MCXOQHOW KOHLUEHTpPaLMM aHUOHOB XJiopa, cTopa u
opoma (A) n aHMoHOB nopa, HUTpata u Hutputa (B) B caxapo3Hom cpepe
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Puc. 3. 3aBucumoctb U®P Ha chaze 3 MO, usmepeHHoro yepe3 150 ¢ nocne BBegeHUs KNeToK B
caxapo3Hylo cpeAay, OT UCXOAHOW KOHLIeHTpauum B Hel aHMOHOB XJlopa, chtopa n 6poma (A) n aHMoOHOB
nopa, HATpaTa u Hutputa (B)

[MpuBedeHHbIE AaHHbIE MOKa3blBalOT, YTO XapakTep BNWUSHUSA aHMOHOB Ha Bce a3l MO sBndetcs
OOHOTUMHBIM M MNPOSABASETCA B KOHLEHTPALUOHHO-3aBUCMMOM yBenudeHnn MNP, Takonm Tun 3aBMCMMOCTU
HanoMmMHaeT 3aBuMCUMOCTM Tuna Mwuxaanuca-MeHTeH ANns CKopocTen (PEepMEeHTaHTUMBHbLIX peakuui unm
OOMEHHOro noToKka aHWOHOB, KaTtanumanpyemoro 6enkom nonocbl 3 (AE1) memOpaHbl 3pUTPOLUTOB B
3aBUCUMOCTM OT KOHLeHTpauun cybctpaTta (aHunoHa) (Gasbjerg, Brahm, 1991; Gasbjerg et al., 1996; Wieth,
1979; Liu et al., 1996a). Vicnonb3ysa Takylo aHanorn, MOXHO OLIEHUTb KOHCTaHTy Auccoumaumy aHMOHOB B
OTHOWeHMN pasnuyHblix a3 MO, T.e. Ty koHueHTpaumio Kip, npu kotopon U® mmeer 3HayeHue, paBHoOe
NMOMoOBUHE OT MakcuMMmarbHOro. MNony4yeHHble 3HadeHus Kq, Ansa pasHbiX aHUMOHOB, BbIYMCIIEHHbIE A1 OAHOMO
AoHOpa, NpusBeaeHsbl B Tabn. 1.
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Tabnuua 1.
Kaxywuecs koHcTaHTbl gauccouuauum K;, aHMOHOB ANA pas3nuyHbiX ¢pa3z mopdorornyeckoro
oTBeTa 3puTpouuToB. BennuuHbl p AaHbl MO OTHOLWEHUIO K cpeaHen BennunHe Ha cdase 1 (napHbIA TeCcT
CrblogeHTa)

Ycnosus Ao (uM) CpenHee +
CI F- Br NO;~ NO,” I- CT. OTKI.
dasza 1 5 6,4 6,4 4,4 44 10 6,1+2,1
2,1+0,91
®asa 3 2,8 2 3,6 1,4 1,4 1,4 0,01
dasza 3 2,0+0,9
(max) 3 1,2 1,6 1 2 3,2 0<0,01
dasza 3 2,6+0,7
(150 c) 2,5 2,2 4 2,5 2,5 21 0>0,01
14 - Cl E
e A Mo 141 B NO2
1.2 - Br 12
] 1NO3
07 F 1.0 4
O-Sé o.s—f I
O.Gé 0.6;
04 - 04 -
0.25 0-25
0.0 :w\uw"u_‘u‘H‘w‘H‘_‘H‘HHWHWHWHW 0.0~ T
0 2 4 6 8 10 12 14 16 18 20 0 2 4 6 8 10 12 14 16 18 20

KoHueHTpauusa (MM) KoHueHTpauus (MM)

Puc. 4. 3aBucumoctb U®P Ha chaze 3 MO, usmepeHHoro yepe3 150 ¢ nocne BBegeHUs KNeToK B
caxapo3Hyl cpefy, OT KOHLEHTpauum B Hel aHWOHOB Xxropa, ¢Topa u 6poma (A) n aHMoHoB noAaa,
HuTpaTa u HuTpuTta (B) B ycnoBusix, Koraa aHMOHbI JOGaBNsANM K 3puTpouutam Ha makcumyme MO
(~uepe3 20c)

HyxHO oTMeTUTb, 4YTO Kak xapaktep MO, Tak U KOHKpETHbIE 3HaYeHUSI KOHCTaHT MOryT BapbMpoBaTb OT
AOHOpa K [OOHOPY, MO3TOMY CPaBHUTEMbHYK OLEHKY BMWSHWSA aHUOHOB LIeNecoobpasHo MpoBOAUTbL B
aKcrnepumeHTe Ha ogHoMm obpasue kpoBwu. Kak BMOHO, KOHCTaHTbl AMccoumaumn Ans pasnuyHbiX aHWOHOB
OTNNYaKTCHA HE3HAUYNTENBHO U HaxoaATcs B uHTepsBane ot 1 go 3 MM ansa Bcex a3 MO, kpome dhasbl 1, ans
KOTOPOM 3TW 3HadeHust B 2-3 pasa OGonblwe. CTaTUCTUYeCKUn aHanm3 nokasbiBaeT, YTO [LOCTOBEPHbIE
pasnuuus HabnpalTca MeXay KOHCTaHTaMu auccouvaumm Ang pasnuuHbix dpas npouecca, a He Mexay
aHvoHamu. Tak, ona nHrmbrpoBaHms dasbl 1 Hy)XHa KOHLEHTpauusi aHNOHOB, B Tpy pa3a Gonbluas, Yem ans
nHrMbnpoBaHusa dasbl 3. TeM He MeHee, M3 AaHHbIX, MPUBEOEHHbIX HA PUCYHKaX, BMAHO, YTO BO MHOIMX
Crnyyasx aHWOHbI NoAa OTNMYAKNTCH OT APYTMX MO CTEMEHU UX BIUSHUS Ha POPMY KIEeTOK.
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Puc. 5. lunamuka mnameHeHun U®P sputpouutoB B xope MO u nocne pobGaBneHUs K HUM
aHuMoHoB. CTpenkamMu nokasaHbl MOMEHTbl 006aBfeHMs1 COOTBETCTBYHOLMX aHUOHOB OO0 KOHEYHOM
KOoHueHTpauum 10 mM
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Puc. 6. 3aBucumocTb cTeneHuM BoccTaHoBreHus W®, wunamepeHHoro yepe3 150 ¢ nocne
A[O00GaBNeHNA aHUOHOB, OT UX KOHLIeHTpauuu. AHUOHbI xnopa, Topa n 6poma (A) U1 aHMOHbI NoAa,
HuTpaTta u HuTpuTa (B) gob6aBnANM K KneTkam 4vepe3 150 ¢ nocne BBeAEHUA KIETOK B CaxapO3Hyro

cpeay

O6cyxpeHune

B HacTosien paboTe paccmaTprBaeTcsi BONPOC O TOM, B TaKO MepPe M3MeHeHNe (bopMbl 3pUTPOLINTOB
B xoge MO mMoxeT ObITb CBA3aHO C (PYHKLMOHMPOBAHMEM CUCTEMbBI UX aHMOHHOIO TpaHcrnopTa. Takasi CBs3b,
dhakTU4eckn, NnocTynupyeTcss B HEKOTOPbIX Moaensax dopmoTtpaHcdopmaumm (Gimsa, Ried, 1995; Wong,
1999). CywlecTBYIOT TakkKe 3KCNEepuUMEHTarnbHble [aHHble, MOKa3biBalOLWMEe, YTO AN SXMHOLUTOB
NoBepxHOCTHasA nnowanb 6enkoB BHELWHEro MOHOCOSA bornblue, YeM A5is AMCKOUMTOB M, HA060pOT, MeHbLUe
ana ctomaroumtoB (Betz et al., 2007). 3To MOXHO paccmaTpmBaTb Kak NoaTBEPXKOEHWE MOEN, YTO TeKyLuasi
KoHdopmaumsa AE1 onpegensieT nnu, Nno KpanHen Mepe, BNMSeT Ha POPMY KIETOK B COOTBETCTBUN C TEOPUEN
OucnonHon napbel (Sheetz, Singer, 1974). HyxHO OTMeTUTb, OOHAKO, YTO ABE MpVBEAEHHble MOAEnu
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SABMSAIOTCA B3aMMHO MPOTMBOPEYMBLIMK, MOCKOMbKY cornacHo oaHon u3 Hux (Gimsa, Ried, 1995) nepexon
TPaHCMOPTEPOB BO BHELLHIOK KOHGopmauuio E, OomKeH MpuBOAMTBE K 3XMHOLMTO3Y, TOrAa Kak COrnmacHo
apyron (Wong, 1999) Takas koHpopMauusa NPUBOAMUT K pa3BopayMBaHuIO LIENEW CNEKTPUHA U YBEMNUYEHMUIO X
BHYTPEHHEN NMOBEPXHOCTHOM MIoLWaamn, YTo BedeT k cTomaTouuTosy. B nobom cnyyae, HM ogHa M3 mopenen
HanMpsMyt0 He MOoXeT OBbACHUTbL dhakTa BpeMs-3aBMCUMMbIX MOPONorMdeckux npeobpasoBaHunii, KOTOpble
HabnogaTca B caxapo3Hon cpede. C TOYKM 3peHus mMepBOv MoAenw, npv BBEAEHUMU 3pPUTPOLUTOB B
HE3ANEKTPONUTHYID Ccpedy C HU3KMM cogepXaHuem xnopa Bce Monekynbl AE1 pormkHbel nepentu B
KoHbopmaumio Eg, koTopas gormkHa ObiTb YCTOMYMBOMW, MOCKOSMbKY TpaHCMoOpTep B OTCYTCTBUM cybceTpaTa
(aHMOHOB xnopa) He MOXEeT COBEpPLUNTb KOH(OpMaLMOHHOE npeobpasoBaHme U NPUHATbL KoHopmauwmo Ei.
MN3BecTHO, 4TO B 9TUX YCNOBUAX CaMOOOMeH Xxropuaa npakTUYeckn NorHOCTbIO MHrMbuposaH (Gasbjerg et al.,
1996). 3aBMCMMOCTb BbIXOAsLLEro 0OMEHHOro NOToKa MMeeT rmnepbonNMYeckUin BUA OT KOHLIEHTpaLMM NOHOB
Xfopa BO BHELUHEN cpefe C KOHCTaHTOW Auccouunaumy nopsaka Heckonbkux MM, koTopasi, oaHaKko, HEMHOro
pasnuyaeTcs No AaHHbIM pa3Hbix aBTopoB (Gasbjerg, Brahm, 1991; Gunn, Frohlich, 1979; Knauf et al., 1996).
Takoe pekpyTupoBaHMEe BHELIHEN KoHpopmauun 6enka MoXeT XOPOLO 0O6bACHUTbL HaYanbHbIA 3XMHOLMUTOS.
Ecnu npuHATbL 3a OCHOBY NpeanonioXeHue, YTo Apyrue akrtopbl, Takme kak BO3MOXHOE TpaHCMeMbpaHHoe
nepepacnpegeneHve nunNuaoB, W3MEHEHWEe BHEKNETOYHOro W BHYTPUKIETOYHoro pH u  knetodHoro
MeTabonmMamMa, He HBMSAOTCA CYLeCTBEHHbIMM B  [OaHHbIX OOCTOATEnbCTBax, TO Mocreayowas
peTpaHcgopMauus B CTOPOHY AMCKOUMTOB U CTOMaToOUWUTOB AOIDKHA ObiTb CBA3aHa C BPEMS-3aBUCUMbBIM
nepexogom 4actn AE1 u3 koHdopmauum E, B KoHdopmaumio Ei. 3To cornacyetcs ¢ TeM, YTO MHIMBUTOP
aHnoHHoro TpaHcrnopTa DIDS B o4yeHb ManbIX KOHUEHTpauusX, KOTOpble COOTBETCTBYIOT OTHOLUEHUIO
Benok/vHrmbuTop 1:1, 3HaUNTENLHO MHMIMBUPYIOT peTpaHcdopmaumio, XOTS U He npegoTepaLlatoT ee (Gimsa,
Ried, 1995). Mbl noaTBepaunu aTOT akT U Ana Apyrux uHrmbutopos — DNDS u SITS (PyaeHko v ap.,
20076). VHmMbuTopbl aHWMOHHOIO TpaHCMopTa WMEKT MpeanodYTEHNE CBA3bIBATbCA Oonblle C BHELHEN
KoHdopmaumen Ey, yem ¢ Ei (Knauf et al., 1989, 2000; Knauf, Spinelli, 1995; Pan, Cherry, 1995), Takum
obpa3om cTabunumaupysa ee. C Opyron CTOpPOHbI, NpeanonoxeHne o Bo3spalleHun AE1 B koHdopmauumto Ei
BXOOUT B CEpbe3HOoe MpPOTMBOPEYME C MUMEKLWMMUCS [AaHHbIMA MO KUHETMKE aHWOHHOro obMeHa B
aputpountax. Cuntaetcs, YTO TONOMNOrMSA TPAHCMNOPTEPOB ABMSAETCS aCMMMETPUYHON, U B HOPME KONMYECTBO
©enkoB ¢ koHdopmauuen Ei B 8—10 pa3 6onblue, Yem B koHGopmauumn Eq (Gunn, Frohlich, 1979; Knauf et al.,
1989, 1996, 2002; Liu et al., 1996b). Takoe pacnpeneneHne cOOTBETCTBYET ANCKOMAHOM hOpMe 3pUTPOLINTOB
N akTMBHOMY byHKLMOHMpoBaHuto cuctemsl ClI'/HCO;-aHnoHHoro obmeHa. CnegosaTenbHO, BOCCTaHOBEHNE
amckomagHon opMbl Ha ase 2 npegnonaraeT, 4To pacnpegeneHve koHdopmauui AE1  npuHano
KOHUrypaLmio, COOTBETCTBYIOLLYID HaTUBHOMY COCTOSHMIO. Mcxogs M3 3TOro, B 3KCMEepUMMEHTax no
uccnegoBaHuilo caMoobMeHa aHVOHOB crnefyeT OXuaaTbh CEPbe3HOro HapyLLEeHUs] 9KCNOHEHUMANbHOro 3aKoHa
obmeHa BHYTPMKIETOYHOrO MEYEHOrO M30TOMa COOTBETCTBYIOLLEro aHWoHa Ha BHEKNEeTOouYHbIn. OpgHako
XOpOLLUO YCTaHOBMEHO, YTO KUHETWKa aHWOHHOrO OOMeHa CTPOro MOAYMHAETCS 3TOMY 3aKOHY B LUMPOKOM
OmnanasoHe KOHLeHTpauui, TemnepaTyp M BPEMEHHbIX MHTEPBArioB, YTO, COOCTBEHHO, U SIBNAETCA OCHOBOM
0N NpoBedeHMs TakMX UCCNEeLOBaHUM M BblUMCIEHUA noTokoB aHuoHoB (Dalmark, Wieth, 1972; Gasbjerg,
Brahm, 1991; Wieth, 1970; Brahm, 1977). B aTux 3kcnepumeHTax BbIXOAALUA NOTOK aHUOHOB YMEHbLUAETCS
NPy YMEHbLUEHUM KOHLEHTpauuMuM BHeEKNeTo4YHoro xnopuga. [logobHasi HenuHerMHoCTb AOormkHa ObiTb
BblpaXeHa 3HaYMTeNbHO CuibHEEe B MNPUCYTCTBMU WHMMOUTOPOB aHWOHHOrO TPaHCMopTa, KOTopble
3a[epXXMBalOT nepepacnpeneneHne mexay koHgopmaumamm AE1, ogHako Takmx adppekToB Takke He ObIno
oTmeyeHo (Gasbjerg, Brahm, 1991). Nanee, AE1 TpaHcnopTupyeT, kpome xnopuga u bukapboHata, n gpyrue
MOHOBAaIEHTHbIE aHWOHbI, HO C pa3nuyHon ckopocTbio (Dalmark, Wieth, 1972; Brahm, 1977; Dalmark, 1976),
KoTopasi 3HauUMTEmNbHO pasnuyaeTcs B 3aBMCMMOCTM OT TUMa aHWoHa. BecneacTeme 3Toro oHM ABNSIOTCA Takke
KOHKYPEHTHbIMU MHIMOUTOpamu TpaHcnopTta xnopuga (Dalmark, Wieth, 1972; Liu et al., 1996a; Knauf, Spinelli,
1995; Dalmark, 1976) u, no ngee, JOMKHbLI No-pa3HoMy BnuATL Ha MO B cuTyaummn, korga BHEKNETOYHBIN
XNopuvA 3aMellaeTcst Ha Apyron aHuoH. Hawwm gaHHble, ogHako, NokasblBaloT, YTO BRMSIHAE BCEX aHVWOHOB,
Kpome 1oampa, OYeHb ONM3Ko Apyr K Opyry Kak Mo XapakTepy BAWAHWSA, TaK M MO KONMUYECTBEHHbIM
XapaKkTepucTukam, onpeaensiemMbiM No KaxyLMMCSa KOHCTaHTam guccoumaumm B OTHOWEHMM pasHbix a3 MO.
9710 nokasbiBaeT, 4To Ans MO BaxeH cam hakT HanMuusa aHMoHa B COOTBETCTBYIOLLEN KOHLEHTpauuu, a He
ero TWM, YTO MMIOXO COrflacyeTcs C PasnMYHbIMU CKOPOCTSMM TpaHCnopTa 3TUX aHUOHOB M WX PpasHOn
adpPUHHOCTLIO K TpaHcrnopTHomy canty (Dalmark, Wieth, 1972; Liu et al., 1996a; Dalmark, 1976; Galanter,
Labotka, 1991). Kpome aToro, Mbl Bugenu, 4to kak NpucyTCTBME aHUMOHOB B cpefe, Tak U ux gobasneHve Ha
makcumyme NP (puc. 2, 3, 4) npuBoaUT K KOHLEHTPaLUMOHHO-3aBucUMoMy nHrnbuposarnmio MO. B nepsom
criyyae 3TO MOXHO OBBACHWUTL TeMm, 4YTO [JOCTaTOMHOE KONMMYECTBO aHUOHOB NPEenAaTCTBYET nepexoay
TpaHcnopTepa B KoHdurypaumio Eq, n dopma kneTok, crieqoBaTtenbHo, He naMmeHsietcs. Bo BTopom cnydae
aHVOHbl [o0aBnANM B MOMEHT, KOrga pacnpegeneHue KoHdgurypauuin 6enka CHOBa MPUHAMNO UCXOOHOE,
HaTUBHOE COCTOSIHME, U NO3TOMY AobaBreHne aHMOHOB (hMKCUpYeT ero, Ho B 3TOM crny4vae JosmKeH Obin Obl
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Habnogatbcs Oonblion obMeHHbI NoTok. Crnegysa aTow noruke, dasy 3 HyXHO paccMaTpuBaTb Kak
JanbHenwee yeenuyeHne konudectBa AE1 B koHcopmauuu Ei, a dasy BocctaHoBneHus U nocrne
pobaeneHnst aHnoHa Yepes 150 ¢, T.e. B KOHUe da3sbl 3, Kak 00paTHbIN Nnepexon U30bITOYHOro Yncra 6enkos,
Haxogawmxcst B koHdopmauum Ei, B Ey. EcTectBeHHO, cnegyeT oxugaTb, 4to YyeM 6onbwe AE1 nepewno B
Ei, yTo cooTBeTCTBYET OOMbLUEN CTENEHM CTOMATOLUTO3a U MEHbLLUEMY 3Ha4eHuto NP, Tem Gornblue BpeMeHun
noHagobutcs Ona BOCCTaHOBMNEHMS (QOPMbl B CTauMOHApHOE COCTOSIHWE, COOTBETCTBYKOLLEE [AaHHOW
KOHLIEHTpaLMM aHUOHa. JTOro, O4HaKo, He MPOMCXOOMUT, MOCKOMbKY KpuBad 3aBucumocTn VO ot BpemeHun
nocne gobaBneHns aHMOHa OCTaBarnacb OAMHaKOBOW Kak npu gobasneHun aHmoHa Yepes 150 ¢ (puc. 5), Tak n
yepes 75, 300 n 450 c (gaHHble He npuBefeHbl). BaxHO Takke nogyepkHyTb, YTO BoccTaHoBneHve N
SIBNSAETCA 3HAUUTENbHO Oonee MeaneHHbIM NPOLLECCOM MO CPaBHEHUIO C pazaMu 1 1 2, YTO HEMOHATHO, ECIK
YYnTbIBaTb, YTO MW3MEHeHMe koHdopmaumm AE1 npu ypaneHum un pobaBneHum cybctpata  LOIDKHO
NPOMCXOAUTb O4YeHb ObICTpo, Kak Ha dase 1. Takue e MefreHHble M3MeHeHus VIO npoucxogsaT npwu
aHanormdHoMm pobaeneHun mHrMbutopa moHHoro TpaHcnopTta DIDS (Pyamenko u gp., 20076), ogHako B
PU3MONOTMYECKOM pacTBOpPe 3TOT areHT BbI3bIBAET M3MEHeHMe (OpMbl KMNETOK 3HauMTenbHO ObicTpee
(PyoeHko, Baxam Kxanad, 2006). Takum obpasom, TeKywme npeactaBrneHuss O  (yHKLUOHMPOBaHUN
@HWOHHOTO OBMEHa M MOMyYeHHble 3KCNepMMeHTarnbHble OaHHbIE MIIOXO COrMacyloTCs C NPeanonoXeHnem,
yTo hasbl 2 1 3 MO obBycnoBneHbl NOCTENEHHLIM MEPEXOAOM TpaHcrnopTepa u3 koHgopmauuun Eq B Ei n,
crnegoBaTternbHO, MHIIMBUpoBaHWe aHUMOHHOTO OBbMeHa MpU MOHWXEHUW KOHLEHTpauunm aHWOHOB B cpefe U
COnyTCTBYIOLLME 3TOMYy Mpoueccy KoH(OpMauMOHHble nepexogbl B Monekyne AE1 He wumeloT
HEemnocpeaCcTBEHHOrO OTHOLIEHUS K ¢hopme 3puTpoumToB. OTOT BbLIBOA TaKKe CTaBUT MNO4 COMHEHME U
NUCXOOHOE NpeanoriokeHne, YTO HayanbHbI 3XMHOLUTO3 3PUTPOLMTOB B Cpede C HU3KOW KOHUEeHTpauuen
MOHOB Xxriopa obycnosrneH nepexogom Bcex AE1 B koHdopmaumio Ey. BosmoxHo, 4To oba aTtu npouecca
npoTekalT OAHOBPEMEHHO, HO MPUYMHHO HE CBSA3aHbl APYr C APYrOM, UMK CBA3b HE ABIISETCH CTOMb NPSAMOMN.

M3BeCTHO, 4YTO YMEHbLUEHWE KOHLEHTpauun Xnopuaa B HEJNEKTPONMTHOW cpede npuBoauUT K
yBENMYEHNo NpoHuLIaeMocT MemBpaHbl ans katuoHoB K*, Na*, Rb* (Bernhardt et al., 1987; Jones, Knauf,
1985; Sambasivarao et al., 1986) n yBenMyeHnI0O HETTO-NOTOKA XNOPUAOB U APYrMX MOHOBaNEHTHbIX aHMOHOB
(Frohlich et al., 1983; Jones, Knauf, 1985; Frohlich, 1984). lHTepecHO, 4TO KOHLEHTpauus BHEKINETOYHOro
XNopuvAa, Npy KOTOPOW BbIXOASALLUA HETTO-NOTOK XNopuaa yMmeHbLuancs B 2 pasa (3 mM) (Frohlich et al., 1983;
Frohlich, 1984), dbakTnuyeckn coBnagaeT C KOHCTAHTOM Auccoumaumm gnst OGMEeHHOro noToka M Nofy4YeHHbIMM
HaMy 3HA4YeHMsMU Ha OcHoBe uamepeHun NP, BTo moxeT cBuaeTenbctBoBatb, 4To MO cBfA3aH He C
OOMEHHbIMM MOTOKaMy aHWOHOB, @ C HEeTTO-MOTOKaMW, KOTOpble Takke MWHIMOMpyoTca uHrmbutopamm
@HWOHHOrO TpaHcnopTa W, Kak npegnonaraeTcd, OCYLIEeCTBASTCS ¢ nomowbio AE1, KOTOpbIM B AaHHOM
cny4yae BbICTYMaeT KakK HU3KOCENEKTUBHLIN KaHan Ansi aHMOHOB M kaTtuoHoB (Jones, Knauf, 1985). Kpome
3TOro, B NPUBEAEHHbIX BbILLE YCNOBUSX aKTUBUPYIOTCS €LLEe HECKOITbKO TPaHCMOPTHbLIX MEXaHU3MOB, TakMUX Kak
HecenekTUBHbINA NoTeHUMan-3aBMcMMbIi kaHan (Bennekou et al., 2004, 2006), K/Na/H ob6meHHuk (Bernhardt et
al., 1999) n obmeH BHyTpuknetToyHoro ClI™ Ha BHekneTouHbIi OH™, YyTOo NpmMBOAMT K BbixoAay u3 knetkn KCl n
yMeHbLUeHN0 ee obbeMa (Bisognano et al., 1993). lNMokasaHo, 4TO cBa3biBaHve AE1 ¢ cybcTpatamu unu
WHIMOMTOPaMM aHWOHHOIO TPaHCMNopTa MPUBOAMT K KpyMHOMAacLWTAOHbIM U3MEHEHUSIM B €ro KoHchopmauum
(Knauf et al., 2004). No aHanornm ¢ 3TMM, MOXHO MPEeANONOXUTb, YTO U3MEHEHUS B TPAHCMOPTHOW (PyHKLUN
OPYrMX CUCTEM, KOTOpblE TakKe UMEKT B CBOEW OCHOBE (DYHKUMOHMPOBAHME KaHaroB WM MEPEHOCYMKOB,
Takke MOryT NPUBOAUTE K U3MEHEHUIO X KOHChOpMaLUnM 1 onocpedoBaHHO BNUSATb Ha NIoLaab NOBEPXHOCTM
BHYTPEHHEr0 WM BHELUHEro MOHOCMos Membpadbl. He wucknioyeHo, 4to Habnogaembin MO saBnsetca
OTpaXeHMeMm Cynepnosvumm KOHMOPMALMOHHBIX MPEBPALLEHUA  PasnUYHbIX TPaHCMOPTHbIX Genkos,
OTBETCTBEHHbIX 3a Pa3fMYHbIE TPAHCMNOPTHbIE CUCTEMBI, KOTOPbIE OQHOBPEMEHHO aKTMBUPYIOTCS B YCIOBUSX
HW3KOM MOHHOW CUINbl Cpeapl.
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