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UccrnenoBana TepMOCTaOMIBHOCTD ALETHIXOJNHHAICTEPa3bl MeMOpaH SPUTPOLUTOB KPHIC B HOpME U
yMepeHHO# rumotepMmuu. [loka3aHO, 9YTO KMHETHKAa TEPMOJCHATYpPAaINH AaleTHIXOJIWHACTepas3sl He-
JUHEHa M COOTBETCTBYET MOJIENH, Ipelnosaraionieil JAeHaTypaluio OIHONH HaTHUBHON (opMbl ero
B JBE CTaIWU: MENJeHHYI U OvlcTpyio. KoHcTaHTEI ckopoctu ObIcTpoil (a3bl (k|) HAMHOTO BBIIIE
MeIUIeHHOH (kp), IpH 3TOM DHEPTHS aKTHBAIHMHM OBICTpO#l (a3bl Bcero Ha 19,4% HUXKE MEATEHHOU.
KparkoBpemeHHasi yMepeHHass TMIOTEPMHUS CHOCOOCTBYET IHMOBBIIICHUIO k| M CHU)KEHHUIO MOKa3aTess
OTHOCHTEIBHOM aKTHBHOCTH MPOMEXYTOUHOM (GOPMBI aleTHIXOJUHICTEPassl (mapamerpa f3), mpwu
9TOM JHEPTHH aKTHBAIMK O0EHX CTaTWil CYNIECTBEHHO CHIIKAIOTCS, a mapaMeTp [ cTaHOBHTCSA Goiee
3aBHCHM OT TeMImepaTypbl. [IpoJIOHTHpOBaHHE TUIMOTEPMHUU JO TPEX YaCOB CIOCOOCTBYET, TIIaBHBIM
00pa3oM, CHHKEHUIO k| M k) OTHOCHTEIBHO KPAaTKOBPEMEHHOW THIIOTEPMHUH, MPH HTOM SHEPTUHU
aKTHBAlMM JeHaTypaluuu yBenuduBaioTrcs. [loxydeHHBIE HaHHBIE CBHIETENHCTBYIOT B IIOJIB3Y MpeA-
MOJIOKCHHUS O JAOWIM3alMKM CTPYKTYPHI alleTHIIXOJIHMHAICTEpa3bl Ha HAYaJlbHBIX JTalaX pa3BHTHUSA
TUTIOTEPMHUYECKOTO COCTOSHHS W €€ CTa0WIM3aIlid NPHU MPOJOHTHPOBAHWUU THIIOTEPMUH.
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TemnepaTypa — OJMH M3 BaXXHEHIIUX 3KOJO-
TUYECKUX (PAKTOPOB, OMPEACIIIONIUX CKOPOCTH XH-
MHUYECKHUX, QU3NIECKUX U OMOJIOTHIECKUX IPOIIeC-
coB [1]. OT TemmepaTypsl 3aBUCHT CTaOHUIBHOCTH
OUOJOTUYECKUX CTPYKTYp M, MPEKIE BCEro, Cra-
OMIBHOCTh MOJIEKYISIPHBIX CTPYKTYp. V3meHeHue
TeMIepaTyphl MOXKET MPUBECTH K HapyIIeHHUIO Oa-
JaHca MEXKAY JBYMS Ba)KHBIMM KadeCTBaMH MakK-
pPOMOJIEKYJI — CTa0WIBHOCTHIO W JaOMIBHOCTHIO,
YTO MOXET NMPUBECTH K HAPYIIEHUI0 WX (QYHKIUH.
[To aTO¥ mpuYMHE BO3HHKAET HEOOXOJAMMOCTH B
BBIPa0OTKE COOTBETCTBYIOIIUX aJalTHBHBIX MeXa-
HHA3MOB, CIIOCOOCTBYIOIINX COXPAaHEHUIO MX (YHK-
UOHATBHBIX CBOWCTB NMPU MU3MEHEHHUH TEMIIepaTYy-
pBl cpensl u Tema [2].

VY TennoKpoOBHBIX KHUBOTHBIX TeMIlepaTypa Te-
Jla TOMEOCTaTHPOBaHA B OMPEICIICHHOM TeMIiepa-
TYpHOM Jauamna3oHe. [Ipu HU3KHX TeMmImepaTypax
OKpyXarwIlel cpenpl, KOraa HPOUCXOJUT HHTEH-
CHUBHas TEIUIOOTAauya, TEPMOPEryIATOPHBIE MeXa-
HHU3MBI MOTYT HE CIIPaBHTBCA C JTOW 3aaaveidl u
TeMIlepaTypa Tejla MOXKET 3HAYUTEIbHO CHU3UTHCA.

Coxkpamrenue: AXD — aleTwiIXoJuHAICTepasa.

OTHU COCTOSIHUSA, Ha3bIBAEMble THIIOTEPMUUYECKUMHU,
OYeHb OMAacHBl JJIsI TOMOWOTEPMHOIO0 OpraHu3Ma
U TpeOYIOT C ero CTOPOHBI HEMEAJECHHON peakluH,
HaInpaBJICHHOW Ha BbDKHBaHUE [3]. Y romoiioTepMm-
HBIX OPTaHU3MOB OCTpas peaknHs Ha XOJOAOBBIN
CTpecC BKJIFOYAET B ce0s1 Ha4aJIbHBIN, YIPaBIsIEMbIH
HEPBHOM CHCTEMOW COKPATHUTENBHBIM TEPMOIEHE3,
KOTOPBIM CMEHSETCSI HAa yIpPaBiseMblii TOPMOHAMU
HECOKpATHUTENbHBIH TepMoreHe3. CHCTEMHBIM 3(-
(eKTOM STUX pEeaKUHil SBISIETCS MOBBLIINICHHE I10-
TpeOJieHHus] KHUCIOpOaa, OKHCIHTEIHHOTO MeTabo-
nu3Ma W BbIpaboTKM Temia. BosHukaromas mpu
9TOM Ba30KOHCTPHUKIHS, C OXHOW CTOPOHBI, U yBe-
JIMYEHUE BA3KOCTH KPOBH, MOBBILIIEHHWE YPOBHEH
(¢uOpuHOTEHA W TeMaTOKPHUTA, C IPYroil CTOPOHHI,
Hapymaer MHUKpPOUMPKYJUISIUIO, YTO HPUBOJUT K
CHIKEHUIO CKOPOCTH KPOBOTOKa M JOCTYMHOCTH
KHCIIOpOJa IS TKAaHEW, NMPUBOIAIIEH K Hapylle-
HUI0 uX (QyHKOUH [4,5]. AKTUBAIUS OKHCIUTEIb-
HOro Mera0onu3Ma ¥ BO3HHUKAIOLWasg HPU 3TOM
TUIOKCHS W alu[03 CIHOCOOCTBYIOT IOBBIIIEHHOW
NPOAYKIIMU aKTHUBHBIX (OPM KHUCIOpOJa U pa3BH-
THEM OKHUCIUTENbHOTO cTpecca [6-8]. IlpoBenen-
Hbl€ HaMH HCCIIEJOBAaHUs TMO3BOJMIN yCTaHOBUTH,
YTO NPU KPATKOBPEMEHHOM YMEPEHHOW THIOTep-
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muu (temnepatypa Tena 30°C) u ee MpPOJOHTHPO-
BAHUU B TEYEHHE IIOJYyTOpPa YacOB CYLIECTBEHHO
AKTUBHUPYIOTCS IPOLECCHl OKHCIUTENbHON MOAM-
dbuKanmuym Kak JUNHAOB, TaK M OETKOB MeMOpaH
SpUTpPOIUTOB KpbIc [9]. OKucaUTENbHAS AECTPYK-
U JINTAIOB ¥ OEIKOB MeMOpaH MOKET CKa3aThCs
Ha CTPYKTyp€ M CBOMCTBax CBS3aHHBIX ¢ MeMOpa-
HaMH (EepMEHTOB, peHenTOpOB, TPAHCIOPTHBIX
O0enkoB. OnHUM U3 (QEepMEHTOB, 3asIKOPEHHBIM Ha
BHEUIHEH MeMOpaHe 3pUTPOLMTOB, ABISIETCA aLe-
TUiaxoauHacrepaza (AXD), «HEHEHWpOHAIbHBIM»
GyHKIUAM KOTOPOH B IOCIEOHUE TOAbl YIENSIOT
Oospoe BHUMaHue. beuto oOHapyxkeHo, uTo AXD
MOJXXET CBS3BIBATHCA ¢ cyObemuaHIamMu G-Oemka
(Goyy, 1 GB) SpUTPOLUTOB U TEM CaMbIM BIHUSATH
Ha creneHb (ochopunupoBanus C-xoHua Oenka
MOJOCHl 3, YTO MOXET NPHUBECTH K MOIYJSALHUH
MPOLECCOB OKCUI'CHALUU JPUTPOLMTA U MeTabo-
mu3ma B HeM okcuma asora [10]. Cronps BakHas
pois AXD B spuTpouHMTax MIpearnoiiaraer Heoo-
XOJMMOCTh M3Y4YEeHHS MEXaHH3MOB €€ (DYHKI[MOHH-
POBAHHS MPH TUIMOTEPMUUYECKUX COCTOSHHUSX.

Panee Hamu ObUTIO MOKa3aHO, YTO NIPH KpaT-
KOBPEMEHHOH YMEPEHHOU r'HNOTEPMUU aKTUBHOCTh
U KUHETHYecKue xapakTepuctuku AXD B cocTaBe
MeMOpaH 3pPUTPOLUTOB CYIIECTBEHHO M3MEHSIOTCS,
a IpUu MPOJOHTUPOBAHHUHN COCTOAHUA TUINOTECPMHUN
JI0 TPEX YaCOB MPOUCXOJUT UX HopManu3auus [11].
OIIHaKO MEXaHU3MBbl ATHX HM3MEHEHUIN He BIIOJIHE
SICHBI. OILHI/IM M3 CII0C000B N3Yy4YCHHUA MCXaHU3MOB
W3MEHECHUS aKTHBHOCTH (EPMEHTOB IpPHU pasiuy-
HBIX (U3MOJOTHYECKUX COCTOSHUAX OpPraHu3Ma sB-
JAeTCs HCCIeNOBaHHUE WX TEPMOCTaOMIBLHOCTH.
TepMoCTaOUIABHOCTE SBISIETCS Ba)XKHOW XapakTe-
PUCTHKOW (QepMeHTa, BeChMa UYYBCTBHUTEIBHOW K
CTPYKTYPHBIM HM3MEHEHHSIM B CaMOW MOJIEKyle H
ee okpyxeHuu [12].

Lenpto nmanHOW pabOTHI SBIAETCS H3yUEHHE
KHHETUYECKHX MapaMeTpoOB TepMOJeHATypaluu
AXD spuTpounTapHBIX MEMOpaH MPH TUIIOTEPMHUHU
U ee MPOJOHTHPOBAHUH.

MATEPUAJIBI 1 METOJbI

7KuBorHble. ONIBITEl BBIMOJHEHBI Ha KpBICaX-
camuax JUHUM Bucrap (Bo3pacT Tpu ¢ NOJOBUHOH
Mmecsiia, macca 200-220 ). JKUBOTHBIX COIepIKaIu
B CTaHJIAapTHBIX YCIOBUSX BHBAPHUSA CO CBOOOIHBIM
JIOCTYHOM K Boje W muuie. IIpu BeIMOJIHEHUU Ha-
CTOSIIETO HCCIEAOBaHUA OBUIM COONIONEHBI BCE
HOpPMBI U MpaBujia BBIMOJHEHUS IKCIIEPUMEHTAIb-
HBIX pabOT C UCHOJIb30BaHUEM J1A0OPATOPHBIX KH-
BOoTHHEIX ([IupextuBa 2010/63/EU Coera EBpo-
nerickoro CooOiiecTBa Mo 3alIUTE XUBOTHBIX, HC-
MOJIB3YEMBIX B JKCIIEPUMEHTAIBHBIX M IPYIHUX Ha-
YUYHBIX LEJNSX).

KIIMYXAHOB, IXXA®APOBA

MonenupoBanue runorepmun. JKXWBOTHBIE OBI-
JU pa3lesieHbl Ha TPU I'PYHIBI 10 BOCEMb XHUBOT-
HBIX B KaxJAoil: rpymnma 1 — KOHTpojbpHas (TeM-
nepatypa tena 37°C); rpynnsl 2 u 3 — XUBOTHEIE,
MOJBEPTHYThIE TUMOTEPMHUHU. [ MIIOTEPMHIO BBHI3bI-
BaJM HapYXHBIM OXJIAXKJIEHUEM XUBOTHBIX B IJIEK-
CUTJIACOBBIX KaMepax ¢ pyOalKkoi, uepe3 KOTOPYIOo
nupkynupoBana xononHas (5°C) Boma. Temmepa-
TYpy Tela KpBIC CHH)KaJIM PaBHOMEPHO CO CKOPO-
cteio 0,23°C/mun 10 30°C (kpaTKOBpeMEHHas yMme-
pEHHasl TUMOTEPMHUSI) U MOAACPKHUBAIUA 3TOT ypO-
BEHb THIIOTEPMUHU B TEUEHHUE TPEX 4acoB (NIPOJIOH-
TUpOBaHHAs yMEpeHHas runorepmusi). Temnepary-
Py U3MEpSIH B MPSAMON KHIIKEe Ha TIIyOuHe 4-5 cM
peKTanbHBIM IU(pPOBEIM Tepmomerpom MS6501.

IMonyyenne mMemOpaH 3purpoumtoB. I[Tocne ne-
KaluTalluyl XUBOTHOIO KPOBb coOupanu B Hpo-
OupKy c renapuHoM. st ocaXkaeHus IPUTPOLIUTOB
kpoBs mneaTpudyrupopanu mnpu 3000 oO6/mMuH B
teueHue 10 MmuH Ha Xxonoxy. OcaloK SPUTPOLHUTOB
TPWXKIBl TPOMBIBAIH XOJOAHBIM (U3HOIOTHYE-
CKMM pacTBOpOM. MeMOpaHBl OTMBITBIX JPUTPO-
uuToB monydanu mo meroxy [Homka [13] mocne
OCMOTHYECKOTO remMonu3a. bensie TeHU 3pUTpOLH-
TOB 3aMopaxuBanu npu —20°C um HCHOIB30BaIU
Ha clenymoolue cyTku. benok Bo ppakunu MmemOpan
SPUTPOLUTOB ompenensau no merony Jloypu [14].

Omnpenenenne aKTUBHOCTH alleTHIIX OJIMHICTEPa-
3bl. AKTUBHOCTH AXD ompeneisiu 0O METOAY
Onnmana [15], ucrmonp3ys B KadecTBe cyOcTparta
anermwitnoxonuH wonun (Sigma, CIIA). B Tep-
Mocratupyemyio npu 37°C kioBery cnekTpo¢oTo-
merpa DU700 (Beckman Coulter, CIII A) BHOCHIHN
1,45 mn 0,1 M dochatnoro Oydepa, pH 8,0 u
0,05 ma cycren3unm meMOpaH 3puTponuToB (40—
50 mkr Oenka). 3arem gobasasiu 0,05 ma 0,01 M
pactBopa 5,5 -1uTH0OUC(2-HUTPOOEH30MHOM KH-
cinotel) (Sigma, CIIA). Peakmuio 3amyckailu I10-
6asmenuem (0,02 Ma pacTBOpa aleTHITHOXOJHH
voauna. Mi3sMeHeHHe ONTHYECKOW MJIOTHOCTHU pac-
TBOpPa B XOJI€ TUJIPOJIM3a allCTUITHOXOINH UOIU/IA,
katanuzupyemMoir AXD, perucrpupoBaiud Ipu
412 um B Teuenue 2 MuH ¢ uHTepBaimoMm 10 c
OTHOCHTEIIFHO KOHTPOJBHOU MpOOBI, comepxamei
BCE KOMIIOHEHTHI PEaKIIMOHHOW CpENbl, KpoMe CyC-
neH3un memOpad. [lapamienbHO perucTpupoBain
W3MEHEHHWE ONTHYECKOW IUIOTHOCTH KOHTPOJIS, B
KOTOPYIO BMECTO CYCHEH3MH MeMOpaH BHOCHIHU
cootBercTBytomuit 06vem 0,1 M docharroro Oy-
¢depa. Pacuer akTuBHOCTH pepMeHTa (B MKMOJIB/MT
OenKka/MUH) TPOBOAMIIN, HCIOJB3YS KO3PPUIHEHT
MOJISIPHOTO TOTJIONIEHUS] aHUOHA S5-THO-2-HUTPO-
OeH3zoaTa, KoTOphlii pasen 1,36-10* M~lem 1.

HccnenoBaHue KUHETHMKHU TeEILVIOBOW [1eHATypa-
U aleTIIXO0JUHICTePa3bl. /111 onpenenenus tep-
MocTtabunpHOCTH AXD CycleH3UI0 MeMOpaH dpUT-
pouutoB mHKyOmpoBamu B 0,1 M dochatHOM Oy-

BUODPU3UKA Tom 63 Beim. 4 2018



KUHETHUKA TEIIJIOBON JEHATYPALIMU ALETUJIXOJUHDCTEPA3LI MEMEPAH 679

¢epe, pH 8,0 mpu Temnepatypax 40, 43, 46, 49°C.
Temnepatypy noanepxupaiu ¢ TouHoctbio +0,1°C.
Uepe3 3agaHHbIe UHTEPBAJBl BPEMEHU U3 CYCIICH-
3UM OTOWpaNu alWKBOTY M CTABWUIM Ha Jem JIJIs
OCTaHOBKHM peakIuH. 3aTeM OIMpPENesid OCTaTO4-
HYI0O aKTUBHOCTh AXD ¢ alleTUITHOXOJHUH HOIU-
IOM B KadecTBe cyoOcTpara (KOHIEHTpAaIus
0,5 MM) mpum Temmepatype wmHKyOammu 37°C B
0,1 M ¢docharaom Oydepe, pH 8,0. Ilo momyden-
HBIM JIaHHBIM CTPOMJIM KHHETHYECKHE KPHBBIC Te-
moBoi nenarypanun AX0O B koopauHaTax (A /A, 1),
rae A, — HadalbHOE 3HAYEHHE AaKTHBHOCTH (ep-
MEHTa J0 JeHaTypaluu, A, — aKTHBHOCTb (ep-
MEHTa B MOMEHT BPEMEHHU f, { — BpeMsi HHKyOanuu
MpH TeMmIepaTtype JHAeHaTypauun. KuHeTuueckue
KpUBbIE OBLIM HWCIOJB30BAHBI I BBEIYUCICHUS
KOHCTAaHT CKOpPOCTH JieHaTtypaiuu (epMeHTa Ipu
pa3HBIX TeMmmepatypax wHKyOamwu. Ilo momyden-
HBIM JaHHBIM TEeMIIEpaTypHOW 3aBHCHMOCTH KOH-
CTaHT CKOPOCTEH MeHaTypaluu CTPOMIN JTHHEHHBIE
amamopdo3sl B KoopawmHaTax  AppeHuyca
(InK, 1000/T), mo HakIOHAM KOTOPBIX BHEIYUCIISIIN
3¢ peKTUBHBIE SHEPTUU AKTHUBAIIHMHU.

CraTucrudeckasi oopadorka pezyanraTtoB. O0-
pabOTKy AaHHBIX MPOU3BOAMIMN C IMOMOIIBIO OIHO-
¢akTopHOTO AmcrepcnoHHOTO aHamm3a (ANOVA)
C WCIIONb30BAaHWEM IPOTPAMMHOTO MakeTa Statis-
tica (StatSoft, CIIA). JlocTtoBepHOCTDh pa3mu4usi
OINpEAeNsIn C NMOMOINBIO Kpurepus dPumepa Ha
ypoBHe 3Haummoctu P = 0,05. Kaxpas xpusas
Ha rpaduKkax KOHIEHTPAMOHHOW 3aBUCUMOCTH —
cpefHee M3 BOCbMH HE3aBUCHUMBIX 3KCIIEPUMEHTOB.
Jlanapie B TabnuIe MpUBENCHBI B BHUAC: cpenHee t
omwubKa CpemgHero.

PE3VIJIBTATBHI

Panee npu uccnenopanun AXD CHHAITHYECKUX
MeMOpaH Mo03ra KpbIC OBIJIO MOKa3aHO, YTO KHHE-
THKa TepMOJleHaTypanuu (QepMeHTa HMeeT HelH-
HeWHBIA XxapakTep [16]. MBI mpeamonoXuiu, 4To
Takasi KHHETUKa MOJXET COOTBETCTBOBAThH INapal-
JIETBHOW CXeM€ C ABYMS HATHBHBIMH COCTOSHHIMH,
JIEHAaTYpUPYIOIIUMHU C Pa3HBIMU KOHCTAHTaMH CKO-
pocTu:

k
N, D, N, D, D)

rae N, N, — HaTtuBHbBIE, D — N€eHATypHPOBAaHHEIE
dopmbl depmenTa, k| U k, — KOHCTAHTBI CKOPOCTH
JICHATypaLuH.

OTON cxeMe COOTBETCTBYET KMHETHKA JIeHATYy-
pamuu, OMNHCHIBaeMas CIeNyIOmUM ypaBHEHH-
em [17]:
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| 2

: (Ia)
= [aexp(—k 1) + bexp(=k,t)],
0

e

rae k; u k, — KOHCTaHTBI CKOPOCTH J€HATypalyuH
JIBYX HaTUBHBIX (N, N,) popM, a u b — HauanbHbIE
JIONW NBYX HAaTUBHBIX GopMm (a + b = 1).

B nanHoOii cxeme B HEsIBHOUW (opMe Mpenrno-
Jaraercs, 4yTO yAelIbHbIE aKTUBHOCTU o0eux Gopm
OJMHAKOBBI, HO MX KOHCTaHTHI CKOPOCTH JEHAaTY-
paluy pa3Hble, YTO CBUAETEILCTBYET O HAJIUIUHU
IBYX pa3nu4Hbeix m3odopm AXD. OnmHako muTe-
paTypHble JaHHBIE CBUAETEILCTBYIOT O TOM, 4YTO
SPUTPOLUTHl 3KCIPECCUPYIOT Ha BHEUIHEH MOBEpX-
HOCTH MeMOpaHBl TOJBKO OIHY MOJIEKYIISIPHYIO
dbopmy AXD, mpencraBiAlIIyI0 U3 ceds mumep,
3asKOPCHHBINM BO BHEIIHEM JIUCTKE MeMOpaHbI (oc-
datugununozutonoMm [18,19]. [TosTomy Takas cxe-
Ma U MOJIeNIb HE MOTYT BIIOJIHE aJIeKBaTHO OMNHUCATh
IWHAMHUKY JeHaTypanuu AXD spUTPOLUTOB.

B cBsA3M ¢ 3TUM MBI AHAIU3UPOBANIM IKCIEPU-
MCHTAJbHBIC NAaHHBIC B COOTBCTCTBUH C IIOCJIICOO-
BaTEIbHOM CXEMOW, NpeamoJiararolieil JeHaTtypa-
OUI0 OOHON HaTUBHOW (opMmbBl (epMeHTa B ABE
CTaguu: BHayaje HaTHBHas Qopma MepexoauT B
MPOMEKYTOUYHOE COCTOSHHE, a 3aTEM OTO COCTOSA-
HHUE MEepexXOoauT B JeHaTypupoBaHHOe [20]:

NS xS p, (1)
rae N, X u D — HaTuBHasA ¢popMa, MpOMEKXYTOUHOE
COCTOSIHME U JieHaTypupoBaHHas (popma depmeHTa
COOTBETCTBEHHO.

MaTeMaTudeckass MOJEIb, COOTBETCTBYIOIIAS
STOM CXEME€, MMEET CIENYIOUUN BUL:

A, Bk (exp(—k,t) — exp(—k,t))
— = exp(—k,1) + , (a)
A, 1 ki—k,

rne 0 2 B > 1 — oTHocuTenbHAsT AKTHUBHOCTL

MPOMEXKYTOYHOH (OpPMBI 1O CPaBHEHHUIO C HATHB-
HOW (QopMoOil, aKTUBHOCTh KOTOPOU MPHUHATA paB-
HoM 1.

Ha puc. 1 npeacraBieHbl KMHETHYECKHUE KPU-
Bele JeHartypanmuu AXD MeMmMOpaH JpHUTPOUHUTOB
KPBIC, TIOCTPOEHHBIE B KoopauHatax (4,/A,, t) ¢
ucnonas3oBanueM ypasHenus (Ila). BuaHo, yto no
Mepe MOBBIIIEHUS TeMIepaTypbl HHKYOALMH JleHa-
Typauus npoucxoaut Owictpee. [Ipu sToM camm
KUHETUYECKHE KPUBBIE HOCAT HENMHEWHBIN Xapak-
Tep, YTO YKa3bIBAET Ha CIOXKHYIO NMHAMHKY MpPO-
necca AeHatypauuu. M3 puc. 1 BUAHO, 4TO KHHE-
THKa ACHATYpallUM COCTOMT M3 JIBYX YYaCTKOB —
HayaJIbHOTO OBICTPOTO M BTOPOrO0 MEIJIEHHOTO.

Takum 00pa3oM, perpecCHOHHBIH aHaIu3 MO-
Ka3all XOpOIIee COOTBETCTBUE IKCIIEPUMEHTAIBHBIX
JNaHHBIX TeopeTrnuecko Mmoxenu (puc. 1). ITapa-
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1000/T

P B S T S

1)) SN
0 10 20

50
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30 40

Puc. 1. I'padukn 3aBUCHMOCTH OCTAaTOYHOH akTHBHOCTH (A,/A;) AXD MemMOpaH 2PHUTPOLUTOB KOHTPOJBHBIX KPBIC OT
BpEeMEHH MHKYOAaIlMy TIpH pasiINdYHBIX TeMIepaTypax AeHaTypaluu. Todku Ha rpadukax COOTBETCTBYIOT SKCIHEpHUMEH-
TaJIbHBIM JaHHBIM. JINHUU MOCTPOEHBI METOJIOM HAaMMEHBIIHUX KBaJPaTOB B COOTBETCTBUU C PErPECCHOHHBIM ypaBHEHHEM
(ITa). Bpeska: TemmnepaTypHas 3aBUCHMOCTb KOHCTAHT CKODOCTH AeHaTypauuu ObicTpoi (ki) um memienHoil (k,) da3 B

KoopAnHaTax AppeHuyca.

METpBl PErpecCHOHHOTO YpaBHEHHUS TPHUBEICHHI B
Tabm. 1.

M3 Tabn. 1 BUAHO, YTO C HOBBIIIEHUEM TEM-
nepaTypbl HHKYOAIlMu KOHCTaHThI CKOPOCTH JIeHa-
Typaluu YBEIWYUBAIOTCS, OCOOEHHO IS MeIJIeH-
HOM cTaauu. YBeIM4eHUe KOHCTAHT CKOPOCTH Jie-
HaTypaUuHu IOpU yBEIWYEHUHU TEMIIEPATYpPHl HHKY-
0amuu TOBOPUT O TOM, YTO CKOPOCTH TIepexonaa

W3 HATHBHOTO COCTOSIHHS B MPOMEKYTOYHOE M W3
MPOMEXKYTOYHOT'O B JCHATYPUPOBAHHOE YBEIHYH-
Batorcs. Ilpu aTom 3HaueHus k, mpu Bcex TemIie-
paTypax WHKyOaluM Ha MOPSIJA0K BBIIIE TaKOBBIX
k,. Takum o6pa3oM, HauboJiee CyIIECTBEHHbIN
BKJIaJ] B KHUHETHUKY JeHarypauuu AXD BHOCUT
obicTpas (asza. [Tapamerp [P HE3HAYUTENBHO 3aBH-
CUT OT TEeMIIEpaTyphl.

Tabamma 1. KuHernueckue XapakTepHCTHKU TepmojeHaTypauuun AXD MeMOpaH SpPUTPOLMTOB KPHIC B HOPME H

npu runotepmuun (M £ m, n = 8)

[Tapamerpsl perpeccHOHHOTO

Temmneparypa menatypamnuu, °C

YPaBHCHMA 40 43 46 49
KonTposb
ki, mun! 0,0892 £ 0,0036 0,2259 £ 0,0102 0,3597 £ 0,0203 0,3571 £ 0,0427
ko, mun! 0,0050 £ 0,0003 0,0115 £ 0,0008 0,0198 £ 0,0008 0,0282 £ 0,0014
§ 0,8217 £ 0,0592 0,8587 £ 0,0398 0,8712 £ 0,0443 0,8657 £ 0,0312
KpaTkoBpeMeHHasi THIOTEPMHUS
ki, mun~! 0,3181 £ 0,0250* | 0,3031 £+ 0,0134* | 0,4739 * 0,0383* | 0,4180 % 0,0242
ky, mMun~! 0,0068 = 0,0008 | 0,0077 £ 0,0008* | 0,0118 £ 0,0007* | 0,0197 £ 0,0009*
B 0,7211 £ 0,0145 | 0,6438 + 0,0136* | 0,6443 £ 0,0110* | 0,5646 £ 0,0119%*
IIponoHrupoBaHHas THIOTEpPMUs
ky, mun! 0,2692 + 0,0159* | 0,2837 + 0,0227* | 0,2924 + 0,0288* | 0,5414 £ 0,0591**
ko, mun! 0,0054 £+ 0,0003 | 0,0070 £ 0,0005* | 0,0105 £ 0,0010* | 0,0281 % 0,0014*
B 0,7443 £ 0,0065 | 0,6605 + 0,0115* | 0,5829 + 0,0176* | 0,5725 £ 0,0180*

anMe’-{aHI/Ie. * - HOCTOBepHBIe OTJIMYUS OTHOCHUTEIBHO KOHTPOJA, + — JOCTOBEPHBIC OTIUYUI OTHOCUTCIBHO yMepeHHOﬁ

KPaTKOBPEMEHHOH THIIOTEPMHUHU.
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Puc. 2. I'paduku 3aBHCHMOCTH OCTaTOYHOW akTHBHOCTU (A,/A;) AXD MeMOpaH JPUTPOLHUTOB KPBIC, NMOABEPTIIUXCS
KPaTKOBPEMEHHOH YMEpPEeHHOI THIIOTepMUH, OT BPEMEHH HHKYOAllMM IPH Ppa3NH4YHBIX TeMIepaTypax JeHaTypalHH.
Touku Ha rpauKax COOTBETCTBYIOT SKCIIEPUMEHTAIbHBIM JaHHBIM. JIMHUN OCTPOEHBI METO0OM HAUMEHBIINX KBaIpPaTOB
B COOTBETCTBHU C perpeccHoHHbIM ypaBHeHHeM (Ila). Bpeska: TemmepaTypHas 3aBHCHMOCTh KOHCTaHT CKOPOCTH
ngeHatypauuu Obictpoit (k) n MmemnenHo# (k,) a3 B koopamHaTax AppeHuyca.

B koopaumnatax AppeHuyca TeMmmepaTypHbIE
3aBHUCHUMOCTH KOHCTAHT CKOPOCTH JIEHATYpaIliu all-
NPOKCUMHUPOBaHbl NpsiMbIMU (puc. 1, Bpe3ka), u3
HaKJOHa KOTOPBIX OBITM BBIYMCIEHBI COOTBETCT-
BylOlllMe 3Hepruu akTuanuu (E,). Tabn. 2 yka-
3pIBaeT Ha To, 4To E, ObicTpoil ¢dasel Ha 19,4%
HIDKE€ TaKOBOM I MemieHHO#W ¢asbl. bausocts
E, nByx cramuii nenatypauun AXD ToOBOPUT O
TOM, YTO CTPYKTYpbl HAaTHBHOTO U HNPOMEXKYTOU-
HOTO COCTOSIHWM Onm3ku Apyr k apyry. Ho onm
OTINYAIOTCAd OPYr OT ApYyra KaTaJIUTHYECKOH ak-
THBHOCTBIO.

Ha puc. 2 npeacraBieHbl KMHETHYECKUE KPU-
Bble AeHaTypauuu AXD 3pUTPOLUUTOB KPBIC MpPHU
KpPaTKOBPEMEHHON yMepeHHOU runotrepmuu. OHU
JIEMOHCTPHUPYIOT TOT (PakKT, YTO THIOTEPMHS CIIO-
CcOOCTBYET CYyIIECTBEHHBIM M3MEHEHHUSM B THUHAMH-
ke neHatypamuu AXDO.

M3 tabn. 1 BUOHO, YTO CTENEHL H3MEHEHHUS
MapaMeTpoB PETPECCHOHHOTO YpaBHEHHUSA IPU TH-

MOTEPMHUHU 3aBUCUT OT TeMmmepaTypel. Tak, mpu
40°C k, ysenuuuBaerca B 3,6 pasa, 43°C — nHa
34%, 46°C — na 31,5%, 49°C - na 17,1%. llpn
3TOM k, npu 40°C ysenuuusaercs Ha 36%, a npu
43, 46 u 49°C, manpoTuB, yMeHbInaercs Ha 33,1,
40,5 n 30,2% cooTBercTBeHHO. He3HaunrtennHble
U3MeHeHHs TperepreBaer u napamerp . Ou
ymenbpmaercs npu 40°C wa 12,3%, npu 43°C
Ha 25,2%, 46°C — Ha 26,1%, 49°C — nHa 34,8%.
[Ipu >TOM HAaHHBIM mapaMeTp CTAHOBHUTCS Oolee
TEMIIEPATYPO3aBUCUMON BEIMYMHOM IO CpaBHe-
HHIO ¢ KOHTposeM. C yBeIMYeHHEM TeMIIepaTyphl
MPOUCXOAUT €ro CHM)KEHHE.

W3 puc. 2 (Bpe3ka) BUIHO, YTO MpPHU TUIOTEP-
MHM H3MEHSETCS XapaKTep TeMIepaTypHBIX 3aBH-
CUMOCTEH KOHCTAaHT CKOPOCTH JeHaTypainuu. IDTo
OTpa)kaeTrcs Ha 3HauyeHusAX E, COOTBETCTBYIOUIMX
craauil. E, ObICTpOH cTaguM NpPHU TUIOTEPMHH
cuwkaerca Ha 72,7%, a E, meanennoi — Ha 43,4%
(tabmn. 2).

Tabiuma 2. DHepruM akTHBANMKM OBICTPON W MENJICHHOW CTaauil KWHETHKH JeHaTypanuun AXD Mo3ra KphIC B

HOpMe W Tpu rumotepmuu (M = m, n = 8)

E,, x][x/monb

CoCTOsIHHAS KUBOTHBIX
BricTpas cranus Mennennas craaus
KonTponb 128,60 = 7,11 159,40 + 9,22
KpaTtkoBpemenHass runotepmus 35,28 £ 1,05% 90,23 = 6,21%*
ITposIoOHrUpOBaHHASI THIIOTEPMHUS 59,09 + 1,59%+ 148,94 + 6,98+

HpI/IMCLIaHI/Ie. * - I[OCTOBSPHI)Ie OTHOCHUTECIIBHO KOHTPOJIA OTIHWYHA; + — OJOCTOBECPHBIC OTHOCHUTCIBHO yMBpeHHOﬁ KpaTKOBpeE-

MCHHOM TUIIOTEPMUU OTIINYHA.
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Puc 3. I'paduxu 3aBHCHMOCTH OCTaTOYHOW aKTUBHOCTH (A,/A)) AXD MeMOpaH 3pUTPOLUTOB KpPBIC, MOABEPTIINXCS
MPOJOHTUPOBAHHOW yMEPEHHON THIOTEPMHUH, OT BPEMEHM HMHKYOAlMM IMPH Pa3IUYHBIX TeMIepaTypax [IeHaTypallMH.
Touxu Ha rpaduKax COOTBETCTBYIOT 3KCIIEPUMEHTANbHBIM JaHHBIM. JINHUN OCTPOEHBI METOAOM HAaUMEHBIINX KBAaPATOB
B COOTBETCTBHUH C perpeccHoHHbIM ypaBHeHueM (Ila). Bpeska: TemmepaTypHas 3aBUCHMOCTb KOHCTAHT CKOPOCTH
neHatypauun Obictpod (k) n memieHHo# (k,) da3 B koopamHaTax AppeHuyca.

Ha puc. 3 mpeacraBieHbl KUHETHYECKHE KPHU-
Bble AeHaTypauuun AXD 3pUTPOLUUTOB KPBIC MpPHU
MNPOJIOHTUPOBAHHON runorepmuud. BunaHo, dTo
MPOJIOHTUPOBAHNE THIOTEPMHH H3MEHSET Xapak-
Tep 3aBUCHMOCTH CKOPOCTH JAEHATypalHH OT Bpe-
MEHH KaK OTHOCHUTEIBHO KOHTPOJIL, TaK OTHOCH-
TEbHO KPAaTKOBPEMEHHOW T'MIOTEPMHUH.

U3 tabn. 1 BUAHO, YTO MpPU NPOJIOHTUPOBAHUHI
TMIIOTEPMUHU TPOUCXOAMT cHUkeHue k; nmpu 40°C
Ha 15,4%, npu 43°C — na 6,7%, 46°C — na 38,4%,
a mpu 49°C, HampoTuB, moBbImeHHe Ha 29,5%
OTHOCHUTEJIIBHO KPAaTKOBPEMEHHON TI'MIIOTEPMHH.
ITpu stom k, npu 40, 43 u 46°C TOXE HE3HAUH-
TeNbHO CHHUXaercs, a npu 49°C, HampoTHUB, yBe-
nuunBaerca Ha 42,9%, nocturas mpu 3TOM ypOBHSA
KOHTPOJIA.

[IponoHrupoBaHue THIOTEPMUUYECKOTO COCTOS-
HHUS HE OKa3blBA€T CYIIECTBEHHOIO BIHUSHUS Ha
napaMeTp [3 OTHOCHTEIBLHO KPAaTKOBPEMEHHOW TH-
notepmuu (Tabs. 1), mMOITOMYy Tak ke, Kak U B
ciaydae KpaTKOBPEMEHHOW THIOTEPMUH, ITOT IO-
Ka3aTelb C MOBBIIICHUEM TeMIIepaTypbl HHKYOAIuu
CHHUIKAETCS.

Ha puc. 3 (Bpe3ka) mokas3aHbl Tpaduku TeM-
NnepaTypHOH 3aBUCUMOCTH KOHCTaHT CKOPOCTH Je-
HaTypalud B KOOpAMHATax AppeHnyca. XapaxkTep
TeMIEepaTypPHbIX KPUBBIX 3HAUUTENHbHO OTIUYAETCA
OT TAKOBOTO MpPH KPATKOBPEMEHHOUN THUIOTEPMUHU.
Pacuer TepmoanHamMuueckux xapakTepucTuk AXJD
MoKasall, 4YTO MPHU MPOJOHTUPOBAHUU THIIOTEPMUU
E, OvicTpoii dasel yBenuuusaerci Ha 67,4%, a
MemieHHoOH ¢a3el — Ha 53,7% OTHOCHTENBHO KpaT-
KOBpeMeHHOU runotepmuu (tadin. 2). [lonydennsie
3Ha4YeHus £, MenneHHOH (as3bl JOCTHralT ypOBHS

KOHTpPOJIsI, a OblcTpoil ¢a3sl — MEHbIIE ero Ha
54,4%.

OBCYXIAEHUE PE3VYJIBTATOB

[IpoBeneHHOE HaMH HCCIEAOBaHUE MOKa3ajo,
YTO KHUHETHKa JeHaTypanuu AXD 3pUTPOLUTOB
KpBIC HETUHEHHa. DOTU pe3yJbTaThl B OIpEENIeH-
HOW Mepe COTJIACYIOTCS C JUTEepPaTypHBIMHU JAaHHBI-
Mmu. BMmecTe ¢ Tem cnenyer OTMETUTD, YTO KMHETHKA
TepMmoaeHaTypauu AXD M3 pa3HBIX UCTOYHUKOB
(kak B cocTtaBe MeMOpaH, TaK M B OYHMILNEHHOM
BHJIE) IEMOHCTPUPYET CyLIECTBEHHbIE pa3inuusd. B
paboTte [21] ObITO TIOKA3aHO, YTO TEIJIOBas JI€HA-
Typamusi COJIOOMIM3UPOBaHHOW (ochaTuannanHO-
suToicnenududaeckoit Gocponumnazsr C U OUUIICH-
HOW nuMmepHO# hopmbl AXD, MOTydeHHOU U3 dJIeK-
Tpudeckux opranoB Torpedo California, umeer on-
HOSKCIHOHEHLIUAIbHYI0 KHHETHMKY C  BBICOKOH
(145 xxan/mons) sHeprueil aktupBauuu. B To xe
BpeMs aBTOpbl paboTel [22] mpu uUCCIEAOBAaHUH
sToil ke ¢dopmbl AXD u3z Torpedo Californica
00HApY)XHUJIU ABYXCTaAMMHYIO KUHETHUKY TEpMOJe-
HaTypanuu. B pabote [23] Oblta muccnemoBaHa Tep-
MOJEHATypalusi MOHOMEPHOH CONIOOMIN3NPOBAH-
HOM (dopmbr AXD W3 MBI JaHIEeTHHKA. M B
3TOM ciydae KMHETHKa TepMmoieHaTypauuun AXD
Tak)ke uMesna JABYXIKCIIOHEHIIMAJbHBIM XapakTep.
Jo6aBneHnne HHTHOUTOPOB AXD IPUBOJUIO K U3-
MEHEHHIO KHHETHKH TepMojieHaTypanun AXD: Obl-
CcTpas cTaaus Hcye3ajla, a KOHCTaHTa CKOPOCTH
BTOPOW CTaIuu yMEHbIIalach, T.e. KWHETUKa CTa-
HoBHJachk MoHOda3Hoi. [Ipu mccnemoBaHum TeT-
pamepHO# AXD CHHANTHYeCKUX MeMOpaH Mo3ra
KpPBIC HAMH Takxe Oblla oOHapyXeHa IBYIKCIIO-
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HEHIMaJbHAasi KWHETHWKA JeHATypanuu (epMeH-
Ta [16].

AHanuszupys noaydeHHbIE TaHHBIE, aBTOPHI pa-
00ThI [22] mpuIIM K 3aKJIHOYCHHIO, YTO JBYXCTa-
NIiiHas KHHEeTHKa neHatypanuu AXD oOycinoBieHa
TEM, UYTO MEXAY HAaTUBHBIM (CBEPHYTBIM) COCTOSI-
HHeM (epMEHTa W MOJHOCTHIO Pa3BEPHYTHIM Cy-
LIECTBYET COCTOSIHUE YaCTUYHOH pa3BEPHYTOCTH,
Ha3bplBa€MO€ paclulaBleHHOW TioOyioi. B atom
COCTOSIHMM TpETUYHasi CTPYKTypa HapylleHa, HO
BTOpHYHAsI CTPYKTypa eme coxpaHsercs. Takas
MOJENb JeHaTypanuun AXD XOpoIIo OMHUCHIBAETCS
ypaBuenueM tumna (Ila). EctecTBeHHO, B COCTOSHUU
pAacCIUIaBICHHOM TIOOYJbl KaTaduTHYeCKas aKTHB-
HOocTh AXD paBHa Hymo. [losTomy cocrosiaue X
Ha cxeMe (II) — aTo cocrosiHHEe MpPOMEXYTOUHOE
MEXYy HAaTUBHBIM COCTOSIHUEM U PAaCIJIaBICHHOH
rinooynoii. TakuM oOpa3om, MeXay HATUBHBIM CO-
CTOSIHUEM M IOJHOCTBIO JI€HATYPUPOBAHHBIM CO-
CTOSIHHEM TE€TpaMepa CyLIECTBYIOT ABa YCTOMYUBBIX
COCTOSSHUSA — cocTossHuEe X («IICEBIOHATHBHOCY,
KaTaJIUTUIeCKH aKTUBHOE) M pacCILUIaBJICHHAS TJIO-
Oyma (kaTaJluTHYecKn HeakTuBHOe). Ecmm wmcxo-
IUTh U3 TOTO MPENNOJOKEHHUs, CXeMa JeHaTypa-
uuu AXD MOXET YCIOXHHUTHCS.

[IpomMexxyTo4HOE COCTOSIHME KaTaJUTHIECKU
aKTUBHO, HO €ro yjaeilbHas aKTUBHOCTb MEHBIIE,
YeM B HAaTHBHOM COCTOSHHU. B TO ke Bpems 3TO
COCTOSIHHE OTJIEIEHO OT HATHBHOTO COCTOSIHUSA W
JIEHaTYpUPOBAHHOTO COCTOSHHUSA JOBOJBHO BBICO-
KUMH DHEpPreTHYeckuMHu OapbepaMH, TaK Kak B
MPOTUBHOM Cllydae OHO HE MOTJIO OBl MPOSBUTHCA
KHHETHUYECKH, T.e. OHO He MOrio Ol OBITH HOC-
TaTOYHO 3acelieHHBIM. Takum 00pa3oM, HMEIT
MECTO TPH NOTEHUHAIBHBIX SIMBI, COOTBETCTBYIO-
IIUX TPEM YCTOWYMBHIM KOH(OPMAIMOHHBIM CO-
crogansaM AXD. DHeprerwmdyeckuil mpoduip MyTH
OT HAaTHUBHOTO COCTOSIHUS K JEHATYPUPOBAHHOMY
B OTOM CiJydae MOJXHO IpPEICTaBUTHh B BHUIE Cle-
IyIoIIer cxeMmbl (puc. 4).

OIHMM M3 Ba)XXHBIX BOINPOCOB, KOTOPBIH BO3-
HHUKaeT IpU aHAIN3€ KUHETUKYU TePMOJeHATypalun
AXD memMOpaH >pUTPOLUTOB, SBISETCS HPUPOAA
MPOMEKYTOUHOI'0 cOCTOSIHUA. I10CKONBKY OHO $B-
nsAeTcs KaTalIUTHYECKH aKTUBHBIM, IIEPEXO] U3 Ha-
THBHOTO COCTOSIHUA B TPOMEKYTOYHOE MOXKET
OBITH OJHUM W3 MEXAaHHU3MOB PETYISIUH aKTHB-
HOCTH (¢epMeHTa in vivo. JluMmepHas CTpPyKTypa
dbepMeHTa PPUTPOMUTAPHBIX MEMOpaH IMO3BOJIIET
MPEANOoI0KUTh, YTO MPOMEXKYTOUYHOE COCTOSHHE
npeacraBisier co0od onHy W3 KoHpopMauwii ou-
Mmepa. Ecnu sxe 1 MoHOMepHBIE popmbl AXD MoryT
001agaTh IBYXSKCIOHEHIHAJIBHON KMHETHUKOHN Tep-
MOJIEHaTypalluy, TO TOTAAa HYXHO BBIACHHUTH, Kak
3aBUCHT DHEPreTWYeCKHi JaHAma(dT TPETUIHON
CTPYKTYphI (hepMeHTa OT TemmnepaTypsl. M3-3a pas-
HOHW 3aBHCHUMOCTH DJJIE€KTPOCTATHYECKUX M THAPO-
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Puc. 4. Cxema nmporecca neHatypanuu AX3.

(OOHBIX B3aMMOJEHCTBHI OT TeMIEpaTyphbl dHEp-
reTUYecKuit JaHmamadT I MOJIEKYJIbl (hepMeHTa
MOXET CYIIECTBEHHO H3MEHSTHCS NMPU HW3MEHEHUH
TeMIIepaTyphl.

Heo6xommmo pa3oOpaThes, 4TO K€ MpEACTaB-
JSIOT U3 ce0sl 3T COCTOSHUS.

Brino mokasano, uto TterpamepHas popma G4
AXD w3 oanektpuueckoro oprana Electrophorus
electricus B 3aBucumoctu oT pH m Temmeparypsl
MOXET KPHUCTAJUIM30BAThCS in Vitro B ABYX CTPYK-
Typax — KOMIIaKTHOW U Oonee cBoOoaHoil [24]. B
KOMIAKTHOH ¢opMme aBa U3 YeThIpeX AKTHUBHBIX
LEHTPOB 3KPAHUPOBAHbI COCEIHUMHU CyOBbEANHHIIA-
MH, U TIO3TOMY HEAOCTYIHBI CyOcTpaTy. ABTOpPBI
paboTel [25], ucmonb3ys METOIbl MOJEKYISIPHOM
MWHAMHUKH, MOKa3al¥, 4YTO AUMEPHI, U3 KOTOPBIX
COCTOHT TeTpamep, JOJDKHBI 001afaTh 3HAYUTENb-
HOW MOJBM)XHOCTBIO. OHM OLIGHWJIM, YTO B pac-
TBOpPE Cpe/lHee BpeMsl SKPaHUPOBKHU JIBYX aKTHUBHBIX
LEHTPOB B TeTpaMepe cocraBiusieT 20%, OTKPBITOMY
cocTosiHMIO cooTBeTcTBYeT 80%. CpeaHee Bpems
HaxXOoXXJIEHUsl TeTpamMepa B OTKPBITOM COCTOSHHH
cocraBisier 300 HC, a B 3aKpBITOM COCTOSSHUH —
50 HC. Takum 06pa3oM, B pacTBOpe KOMIIAaKTHas
u cBobomgHas (OpMBI TeTpaMepa B3amMOIIpEBpa-
marTca. CBeNeHUSIMU O CYIIECTBOBAHHUHM OTKPBHI-
TOH W 3akpsiTOoil Ppopm numepHOt AXD spurpo-
LHUTOB MBI He pacrojaraeM. OJHaKO MOYHO Tpea-
MOJIOKUTH MPUMEHUMO K HAIIeMy CiIy4ar, YTO
OvicTpast craaus TepMoneHaTypauuu AXD MOXeT
OBITH CBsI3aHA C MepexoaoM Ooliee «pBIXJIOoi» Qop-
MBI UMepa B KOMIAKTHYIO C YACTUYHOH MOTEpeu
aKTUBHOCTU (epMeHTa. MeaneHHas cTagus Tep-
MOJEHATypaluy, BO3MOXXHO, OTPa)kKaeT Iepexon
CyObeAMHMII JUMepa B COCTOSIHHE PacCIIaBICHHOU
r100ynabl ¢ TMOJHOW moTepeil aKTUBHOCTH.

ABTopsl pabotrel [23], aHaNU3UPysS COBOKYII-
HOCTH MOJIYYEHHBIX IJAHHBIX OTHOCHUTEIBHO J€Ha-
Typamd MOHOMEPHOW  CONIOOWUIN3UPOBAHHON
AXD u3 MBI JIAHLIETHUKA, BBIABUHYIU HPEAIO-
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JOKEeHHe, 4YTO MOHOMepHas ¢opma AXD MoxeT
CBOPAYUBATHCA B JBE OTIMUYAIOIIMECST IPYT OT APY-
ra CTPYKTYypbl — CTaOWIBHYI0O W HECTaOWIBHYIO.
Orcrofa ABe CTaJuM TEPMOJEHATYpaIluy Mpenapa-
Tta pepmenra. JJobaBneHrne HHTHOUTOPOB, IO MHE-
HHIO aBTOPOB, MIEPEBOIUT HECTAOUIBHYIO KOHGOP-
Manuio B cTabuipHyo. Tem caMblM KHHETHKA CTa-
HOBHUTCS MOHO(}A3HOU. DTO MPEANOJIOKEHHUE, eCIH
OHO OKa)XeTCsl BEPHBIM, BIIOJHE MOXET 00BACHUTH
W Hallu pe3yibTarhl. Mcxoas M3 TOro, 4Tro HET
JUTEPaTypPHBIX NAHHBIX O CYILIECTBOBaHUU ABYX
FEHETHYECKUX BapuaHTOB AXD B 3pUTPOLUTAPHBIX
MeMOpaHax MIEKONHUTAIONMINX, Mbl IONBITAINCH
00BACHUTH JBYX(Aa3HOCTh KHHETHKH TEPMOJCHA-
typanuu AXD Ha ypoBHe numepa. Ilockoabky
numep AXD COCTOUT M3 ABYX MOHOMEPOB, MOXKHO
MPEANnoI0KUTh, 9TO OJUH MOHOMEp HaXOIUTCA B
cTabunpHOW KOoH(pOpPMaUWK, a BTOPOW — B Hecra-
OunbHO#. Takass KHHETHKA TEpPMOJEHATYpaLUH
sputpouuTaHoil AX3D HOoJKHAa B HalleM Cilyyae
OTIMCBHIBATHCA MapajelbHOW CXeMOl U COOTBETCT-
BeHHO ypaBHeHueMm (la).

Takum 00pa3zoM, MOJIydeHHBIE HAMH JKCIEPHU-
MEHTaJbHbIE JaHHBIE OJUHAKOBO XOPOIIO OIHCHI-
BaroTcs Kak ypaBHeHueMm (la), Tak U ypaBHEeHUEM
(ITa). IToaTOMYy HCXOS TOIBKO U3 T€X PE3YNHTATOB,
KOTOPBIMH MBI pacroJjiaraeM, BEIOOP MEXAY 3TUMH
BapUaHTaMH cIenaTh 3aTPYAHUTEIBHO.

WHTEpecHO OTMETUTH, YTO KOHCTAHTBI CKOPO-
CTH TepMOJieHaTypaluu MoHoMepHOH AXD wu3
MBIIII] JIAaHIIETHUKA, yKa3aHHbIe B pabore [23], u
MeMOpaH JPHUTPOLMUTOB KPBIC, IPEACTABICHHLIE B
HallleM HMCCIEAOBaHUU, CYHIECTBEHHO OTIWYAFOTCA.
Tepmoaenatypauuio B pabore [23] ocymiecTBiusinu
npu temnepatype 37°C, U B KOHTpPOJIE KOHCTaHTa
CKOpPOCTH TepMoieHaTypanuu coctapmwia 0,41 mun~!
g ky m 0,06 MuH"! s k,. B HammXx >KcIepH-
MEHTaX MHUHUMallbHasi TeMmIiepaTypa WHKyOalluH
MPHU UCCIENOBAHNN TEPMOJEHATYPALlH PaBHSIACH
40°C, npu srom k; = 0,0892 muul, a k, =
0,0050 mun~!. M3 sTOro cumegyer, 4To B AUMEpPE
ctabmwibHOCT AXD 3HauuTenbHO BhINIE. PaHee B
pabote [26] npu HCcCAEeNOBAHUU KUHETUKU TEPMO-
nenatypauuu AXD u3 by guadparmsl KpbIC
U MBIIIeH OBLIO OOHAapYyXEHO, YTO MOHOMEpHBIE
¢dbopmbl pepmerTa Gomee TepMOTAOUITBHBI, YEM TET-
pamepHBIe QOPMBI. ABTOPHI CBS3BIBAIH 3TH pa3s-
JUYHS C HAJTUIUEeM IUCYIb(PUIHBIX CBs3eil, 00be-
IUHSAIOMAX CyObenuHUuIBl BMecTe. KakoB Owuoio-
TUYEeCKUH CMBICT auMmepm3anuu AXD? Onurome-
pu3amus OOBIYHO MPHUBOAUT K YBEIWUYEHHIO CTa-
ounsHOCcTH Oenka [27]. Kpome Toro, ycinoxHeHUe
YETBEPTUYHOW CTPYKTYpPHl JaeT AOMOJHUTEIbHBIE
BO3MOJXKHOCTH ISl PETyNSIIIUA aKTUBHOCTH Qep-
MEHTA.

OOHapy)XeHHbIE pa3Muusi B CKOPOCTAX JeHa-
Typauuu MOHOMEpHOU AXD W3 MBI JaHIETHUKA
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u nuMepHOd AXD 3pUTPOLUTOB KPHIC MOTYT OBITH
CBSI3aHBI HE TOJIBKO C OJIUroMepu3anuen GpepmeHnra,
MMOBBIMIAIONIEH ero CTaOMIBLHOCTh, HO M 00YCIOB-
JmeHbl Takxke 3(QexTamMu JTUNUIHOW MAaTPHULEBI, C
KOTOpO# cBsizaH (epMeHT. MI3BECTHO, UTO pa3inud-
Hble n30(opmMel AXD y MIEKOTUTAIOMHUX TeHEPH-
PYIOTCSI TOCPEACTBOM ajJbTEPHATUBHOIO CIIJIAiCHH-
ra eIMHCTBEHHOro reHa. [Ipum sToM KaTanuTHde-
CKHii ToMeH y Bcex (OpM OAMHAKOB, a Pas3IHyuusid
KacaloTcs KopoTkoro C-KOHLEBOro JOMeHa. JTOT
JOMEH ydacTByeT B (OPMHUPOBAHUU Pa3IUUHBIX
nonuMepHBIX Gopm pepmenta [28]. [Tokazano, uto
nuMepHble GopMBI AXD IPUTPOIUTOB U IIEKTPH-
geckoro opraHa ckata Torpedo Californica BcTpaun-
BalOTCS B MeMOpaHy MocCpeacTBoM riukodochon-
HO3UTONBHOTO AKOps. [ mukopochonHO3UTONBHBIH
asKkopb AXD B MeMmMOpaHe NOTPYKEH B JIMITUIHBIE
papTel — MeMOpaHHBIE MHUKPOJOMEHBI, OOraTble
TTUKOC(UHTOIUIIUAAMU U XoJiecTepuHOM [29].

Munkasu ¢ coaBrt. [30] uccaenoBaii BBIJCICH-
HYIO BMecTe ¢ TIIHKO(GOCHONHO3UTOIBHBIM SKOPEM
AXD u3 sputpounToB 4enoexka. OHU OOHAPYKH-
nu, 910 akTuBHOCTh AXD B Oydepe 6e3 nmereprenra
B JIBa pa3a HIXXE, YeM B €ro HPHUCYTCTBUU. AK-
THBHOCTH ()epMeHTa OblIa TaKXKe BBIIIE B CiIydae
€ro BKJIIOYEHHs B JIMIIOCOMBI, JTUNUIHBIE MOHO- U
Oucimou. ABTOpPH NPULUIM K BBIBOAY, uTo AXD
OoJyiee aKTHMBHA B INPUCYTCTBUHM [ETEPreHTa H3-3a
Haauaus aMPUuPUIBHOTO TIHKO(POCHOUHOZUTOIE-
HOT'O SIKOpsI, BCTPAMBAIOIIEr0 B MULEIIBI AETEp-
TeHTa, 9TO CII0CcOO0CTByeT cTabmnmn3anuu pepmMenTa.

HeiicrBUTENbHO, HECMOTPS Ha TO, YTO KaTa-
nutudeckue cyobenuauipl AXD HaxodsTcs B JKC-
TPaKJIETOYHOM IPOCTPAHCTBE, PEPMEHT «UyBCTBY-
eT» JINMHAHOE MHUKPOOKpYyKeHue MeMOpansl [31].
Otcroga MOXHO TIPENIOJIOKNATh, YTO TMOKa3aHHas
HaMM KMHeTHKa JeHaTypauuu AXD, Haxondueics
B cocTaBe MeMOpaHBI, CBSI3aHAa HE TOJBKO C W3-
MEHEHUSIMU B CTPYKType (epmeHTa, HO W C €ro
JIMIIMIHON MOJJIOKKOW. BimsHue IUIIMAHOTO CO-
cTaBa MeMOpaHbl Ha TEMIEPATYPHYIO 3aBUCUMOCTh
aktuBHOCTH AXD [32] cornacyercss ¢ TaKUM Mpe.-
noJyioxkeHueM. M3MeHeHus XxapakTepa 3aBUCUMOCTH
CKOPOCTH JIEHATypalluu OT BPEMEHH MOTYT OBITh
00ycnoBieHnsl ¢Ga30BBIMH IepexodaMu B padTax B
HEKOTOPOM Y3KOM [Hala30HE BpPEMEHH, N HX
JmaTepadbHBIMU TEpPEMEIIeHUSIMH, arperanued Hiu
HampoTHB, paccioeHneM. Torma memOpaHa MOXKeT
3auUKCHpPOBaTh NBE BO3MOXHEIC KOH(pOpMaImu
nuMepa.

W3menenne tepmocradbuiabHoctTn AXD, o0Ha-
PYXCHHOE HAMU MPH THIOTEPMHH, BO3MOKHO, OT-
paxxaer JOKallbHble HM3MCHEHHS (DU3UKO-XHUMHUYUEC-
CKOTO COCTOSIHHSI MEMOpaHBbI SPUTPOIUTA B MECTE
NpUKpemieHus (GepMeHTa HpU mepexoje OT HOp-
MOTEPMHUU K TUIOTEepMHUU. Panee, ncronb3ys ¢Giyo-
PECIICHTHBIA 30HA THUPEH, MbI OICHWIH (UZHUKO-
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XMMHYECKOE COCTOSIHHE MeMOpaHBl PUTPOLMTOB
KpbICc Ipu runotepmuu. [lonyyeHHsle naHHbBIE CBU-
JIETEeNbCTBYIOT O 3aBUCUMOM OT UIMTEIBHOCTU TH-
MOTEepMHUU H3MEHEHHH CTPYKTYPHO-TWHAMUYECKHUX
XapakTepucTHK MeMOpaH sputpouuToB. Ilocne mo-
JyTOPA4acoBOTO TPOJOHTUPOBAHUS THUIIOTEPMUHU
MOBBIIIAETCS TEKYYECTh JIMMHIHOTO OHCIOS MeM-
OpaH PpUTPOLUTOB, IO CPABHEHHIO C HOpMOU [11].
WHTepecHO TO, 4YTO M3MEHEHUS KMHETHYECKHX Xa-
pakTepucTuk AXD KoppenupoBaiau ¢ MOKa3aHHUs-
MU 30HIO0BOH (uyopecueHIIny.

OOHapyXeHHbIE U3MEHEHHUSI CTPYKTYpHO-IHHA-
MUYECKUX XapaKTEPUCTUK MeMOpaH SPUTPOLUTOB
npu ymepeHHoid runotepmuu (30°C) mornm OBITH
CBSI3aHBI C M3MEHEHHEM JIUIIHUIHOTO COCTaBa MeEM-
OpaH. AHanu3 cocraBa (ochoaunuaoB MemMOpaH
SPUTPOLUTOB MPHU TUIOTEPMUHU IMOKa3aji, 4TO KO-
JIMYECTBO XOJIHMHCOAEpKAUX (HochHOTUNHI0B YMEHb-
maercs, a dochaTuauIdITaHOIAMHHA W €ro Iiias-
MoreHHO# (¢opmbl — yBenuuuBaercs [33]. [1o mepe
CHW)XCHHSI TEMIIepaTyphl Tejla B MEMOpaHHBIX JH-
MHUIaX TMOBBIIIAETCS KOJIUYECTBO JU30(0ochOIUIIN-
JIOB, YTO MOXET OKa3aTh CYIIECTBEHHOE BIHSHHE
Ha BS3KOCTHb JHUMHAOB MeMOpaH. OJHAKO BOMPOC
0 TOM, KakKuM OOpa3oM OCYLIECTBIISICTCS BIHSHUE
JUMUTHOTO MUKPOOKPYKEHHUS Ha CTPYKTYpHBIE Ta-
pamerpsl AXD, cBsi3aHHOW C HEH TOJBKO JHUIIb
MOCPENCTBOM TIMKO(POCHOUHO3ZUTOIBLHOTO SKOPS,
ocTaercsi OTKPHITHIM. IloslydeHHbIe HaMM IaHHbIE
MO3BOJISIIOT BBIABUHYTH TMIIOTE3Y O Ba’KHOW PoOJIH
(U3UKO-XUMHUUYECKOTO COCTOSIHUS JIUIHUIHON MHOA-
JOXKH B TOJJIEP)KaHUU CTPYKTYPHOU CTAOUIBHO-
ctu AXDO.

Crnenyer OTMETUTh, YTO IPHU OCTPOMH THIOTEP-
MHH MOXET U3MEHSTHhCS He TOJbKO (ochomummia-
HBIM U KUPHOKHUCIOTHBIMA COCTAB 3pUTPOLUTAPHBIX
MeMOpaH, HO W TPOUCXOJUTh UX OKHUCIUTEIbHAsS
MoauduKanusa. beio moka3aHo, YTO MPU KPATKO-
BPEMEHHOH THIIOTEPMHUH B DPUTPOIUTAX U TLIA3ME
KPOBH YBEIMYUBACTCA COJACPKaHUE MPOJYKTOB IIe-
pexucHoro okucieHus nununoB [34]. Hakomnnenue
rUIpO(QUIBHBIX MPOIYKTOB MEPEKUCHOTO OKHUCIIE-
HUsI IMTUJ0B B MEMOpaHax MOXKET CIIOCOOCTBOBATH
necTaOuIn3anuu CBsI3aHHOTO ¢ MeMOpaHoit AXD.
AXD mnpuneraer K (GOCPOJUNHUIHBIM TOJIOBKAM
MeMOpaHbI, MeXIy aMUHOKHUCIOTHBIMH OCTaTKaMH
¢epMeHTa W roNMOBKaMHU (GOCHOIUNHUIOB MOTYT
BOBHUKHYTh JJIEKTPOCTATUYECKHUE B3aWMOJEHCT-
Bus. Okucinenne ¢pochoIUNHUAOB NMPHU TUIIOTEPMHUHU
MOJXXET TPUBECTH K HAPYIICHHUIO DJIEKTPOCTATHYEC-
CKHX B3aMMOJICHCTBHUA M CHIDKCHUIO, TEM CaMbIM,
SHEPTUM AKTHBAIlMU Mepexona Oelka B KBa3WHAa-
THUBHOE COCTOSHHE.

UnTepecHo TO, 4TO 0OHapyKCHHbIE HAMH pa3-
JUYUS B 3HAYCHHUSIX KOHCTAaHT CKOPOCTH ICHATY-
pamuii OBICTPO W MENJIEHHOW CTaIWi 3HAYUTEINb-
Hbl, @ B JHEPrUsX aKTUBAIlMH COOTBETCTBYIOIIUX
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CTaguil BBIPa)K€Hbl HE CTOJIb CYLIECTBEHHO, B TO
BpeMs KaK KOHCTAaHTa CKOPOCTH XHMHUYECKOH pe-
aKLIUU 3aBHCUT OT £, B COOTBETCTBMM C ypaBHe-
HUeM AppeHuyca ClegyrlluM o0pa3oMm:

—AE

a

— RT
k=kye"".

OO0BbsicHeHHE JaHHOMY (DaKTy MOXHO NaTh HC-
X0l W3 3JIEMEHTapHBIX NPENCTABICHUA XHMHUYE-
CKOW KHMHETHUKH, eclli OOpaTUThCA K ypPaBHEHHUIO
Onipunra. CornacHo AaHHOMY YpPaBHEHHIO CKO-
pOCTh XMMHYECKOTO TMpOIlecca OIpenensierca us-
MEHEHHEeM ero cBoOomHoU sHeprum [1]:

kT

k=h

exp(-AG#/RT),

rae k — KOHCTaHTa CKOPOCTH PEaKkIHM, kg — KOH-
cranta boapnMana, h — mnocroguHas Ilmanka,
AG* — cBobonHas dHeprus aKTUBAIUH.

B T0 xe Bpems usmMeHeHue cBOOOIHOM 3HEpPTUN
Kakoro-i1nbo npoiecca MOKHO BBIUUCIUTH IO ClIe-
nyromiel gopmye:

AG=AH-TAS.

N3 bopMynsl BHAHO, YTO BKJIaJ B U3MCHCHHE
CBOOOJIHOW SHEPTUM BHOCUT KaK JHTAJIbBIUS AKTH-
Bauuu AH, Tak W SHTponus akTuBauuu AS.

M 3MeHeHne SHTaAbIMU MOYXHO BBIYHCIHUTEL 110
bopmyne:

AH=E,—RT.

OTo o03Ha4YaeT YTO OHO, TJIABHBIM 00pa3om,
CBA3aHO ¢ u3MeHeHueM FE,. B mamem ciydae E
KOHCTaHT CKOPOCTEH ObICTpOH M MenneHHO# ¢asbl
OTJIMYAIOTCSI HE CTOJb 3HAUUTENBHO, CKOJIBKO CaMu
CKOPOCTH. DTO TOBOPUT O TOM, UTO 3THU JIBE CTAAUU
TEpMOJICHATYPalUl OTJIHUYAKOTCI HE TOJBKO 3HEpP-
TUSIMUA (QHTAJIBIUSMH) AKTHUBAallMU, HO WU DHTPO-
nusamMu akTuBauuu. Ilpu sTomM usmenenus E, KOM-
MIEHCUPYIOTCS U3MEHECHHUSIMHU YHTPOTUH aKTHBAIUU.
JApyrumu cioBamMu, BTOpasi CTagusi TEPMOJCHATY-
pallMd MMEET HE TOJIBKO BBICOKYIO E,, HO M BBHI-
COKYIO SHTPOINHIO aKTHBAIUH. DTO 3HAYUT, YTO
nepexo] U3 MPOMEXKYTOUHOTO COCTOSHUSA B JCHAa-
TYpUPOBaHHOE (MU B COCTOSIHUE PAaCIIaBICHHOU
rJ100yIbI) CONMPOBOXKAAETCA OOJee 3HAUUTEIbHBIMU
W3MEHEHUSIMH CTPYKTYpBl MOJEKylbsl (epMeHTa,
YyeM Iepexo] U3 HAaTUBHOIO COCTOSIHUS B MPOMe-
XKYTOYHOE. DTO corjacyercsi ¢ TeM, YTO MpOMe-
KYTOYHOE COCTOSIHHE OJIMXKE 1O CTPYKType K Ha-
TUBHOMY, YeM K JCHATYPUPOBAHHOMY, TaK KaK Ipo-
MEXYTOUYHOE COCTOSIHHE KaTaJUTUYECKH aKTUBHO.

Hccnenopanue mokaszano, 4TO yMEpEHHasl T'U-

MOTEpMHUS COCOOCTBYET CHIDKEHHIO CTAOMIIBHOCTH
AXD »spurporutoB. OO0 3TOM CBHAETENbCTBYET



686

3HAYUTEIBHOE MOBBIIIEHHE CKOPOCTH J€HATypalun
AXD mpu Bcex TeMmmepaTypax WHKyOanuu (puc. 2).
IIpu 3TOM TemmepaTypHas 3aBUCHMOCTb KOHCTaHT
CKOPOCTH J€HAaTypaluu 3HAYUTEIbHO CHIDKAaeTcH,
OTCIO/Ia CHH)KAIOTCSI U BBIYHMCIICHHBIE 3P (EeKTUBHBIE
SHEpPruM akTUBalUUU. VTHTEpECHO TO, YTO HU3MEHE-
HHS KOHCTAHTBI CKOPOCTU JAC€HATypalluu MCIJICH-
HOH (1)331)1 HC CTOJIb BBIPpAXCHbBI W OAHO3HAYHBI.
TemM He MeHee 3aBHCHMOCTh JaHHOTO MapamMmerpa
OT TeMIlepaTypbl TOXE€ YMEHbIIAeTcs, Kak U B
cllydae KOHCTaHTHI CKOpocTu ObicTpoit ¢aszpl. [lo-
CKOJIbKY OCHOBHOI BKJaJ B KHHETHKY JeHaTypa-
LIUH BHOCHUT OBICTpas CTaius, TO MOXHO B I€JIOM
clenaTtbh BBIBOJ O TOM, 4TO CTAaOMIBHOCTHE A XD
IpU TUIOTEPMHUHM 3HAYUTEIBHO CHUkaercd. Ilpu
3TOM yMeHbINaeTrcs W M0js (epMeHTa, HaXosIIe-
rocsi B MPOMEKYTOYHOM COCTOSIHHH, YTO, CKOpee
BCEro, MOXET OBITh CBSI3aHO CO CHUXCHHEM Bpe-
MEHH XU3HU NPOMEXKYTOUYHOTO COCTOSHHUS.

BaxHO OTMETHTH, YTO THIOTEPMHS CIOCOOCT-
BYeT YMEHBUIEHUIO yJIeIbHOW aKTUBHOCTH IpOMeE-
KYTOYHOU (OpPMBI. DTO MOXKHO OOBSCHUTH TEM,
yT0 y AXD OSpUTPOIUTOB THIOTEPMUPOBAHHBIX
KpBIC HaTUBHOE COCTOSHHE OBICTpee MEepexOoquT B
MeHee CcTaOMJIbHOE MPOMEXKYTOYHOE COCTOSHUE.
[Tpu sTOoM mMapamerp B CTAHOBUTCS TEMIIEPATypPO-
3aBUCUMOM BEIMYUHOW: NPU YBEIUYEHHUHU TEMIIE-
paTypsl HHKyOanuu oH cHmkaercs. Camoe mpocroe
00BsicHEeHHEe TakoMy (akTy 3aKJII04aeTrcs B Mpen-
MOJIOKEHUH, YTO IPHU Pa3HbIX TeMIepaTypax HH-
Ky0aluHu CTPYKTypa HPOMEKYTOUYHOTO COCTOSHHUSA
pa3Has, T.e. TPAEKTOPHUSA OT HATUBHOTO COCTOSHHSA
0 J€HATYPUPOBAHHOTO 3aBHUCUT OT TEMIIEPATYPHI.
EcrectBeHHO 0XMIaTh, 4TO IpH 0o0Jiee BBICOKUX
TeMIepaTypax CTaOMmIM3UpyeTcs MEHee KOMITaKT-
Hasi KOH(QOpMaIusi HNPOMEXKYTOYHOTO COCTOSHHS,
KoTopasi o0nafaer MeHbIeld yOelbHOW aKTHBHO-
CTBIO.

OHeprusi akKTHBAalUUM NEPBOM CTaAuU MpPHU TH-
noTepMuu ymeHemaercs Ha 93,3 klx/moab. OTo
pa3HHIla TPHUMEPHO COOTBETCTBYET JBYM JOMOJ-
HHUTENBbHBIM CIa0BIM CBS3SM, CTaOWIM3HPYIOMINM
UCXOJHOE COCTOSHUE B KOHTpOJeE. E, BTOpOH cra-
nun ymensinaercs Ha 69,1 x/[x/monb. DTa Benwu-
YUHa TaKXe HaXoAWTCS B Ipeaenax 3Hepruil pas-
pbiBa cnabbix cBsazed. Takum oOpa3oMm, CHHXKEHHUE
crabunpHocTd AXD mpu THUHOTEPMHH CBSI3aHO,
CKOpee BCEero, C pa3pblBOM HECKOJBKHX CIabbIX
CBsI3€H, BCIEACTBHE YEro MEHbIIE 3HEPruu Tpedy-
ercst s AeHaTypauuu (epMeHTa.

KpatkoBpemennasa runotrepmus 30°C mpuBo-
OUT K YBEIUYCHHIO KOHCTAHT CKOPOCTH 00enx
CTaguil JeHaTypaluy N0 CPaBHEHUIO C KOHTPOJEM
npu temieparype uakyOamuu 40°C. OpHako npu
0ojiee BBICOKMX TeMmIlepaTypax HHKyOaIWu KOH-
CTAaHTBl CKOPOCTH B KOHTPOJIE M NPHU T'HIOTEPMHU-
YeCKHUX COCTOSIHHSIX CTaHOBATCA OJMXKe IpYyr K
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apyry. [loyeMy mpu BBICOKHX TeMIlepaTtypax pas-
JU4Yhe MEXIy KOHTPOJIEM WU THIOTEPMHUEH yMEHb-
maerca? MOXHO TpENNoJIOKNUTh, YTO BBICOKHE
TeMIepaTypsl CaMu AECTaOMIN3UPYIOT CTPYKTYPY
AXD, mostoMmy 3(Q¢eKTs THIOTEPMHUH Ha KHHE-
THKY ACHATypalHH OKa3bIBAIOTCA HE CTOJh BBIpa-
KEHHBIMHU, KaK IpPU HHU3KUX TeMIlepaTypax JeHa-
Typauuu.

W3BecTHO, 4TO CTPYKTypHas CTaOUIBHOCTH U
KaTaJlUTHYECKasi aKTHUBHOCTh MMEIOT OTPHLATENb-
HYIO KOPPEISALHUIO [2], T.e. 4eM PpUTHIHEE CTPYKTypa
Oenka, Tem MemieHHee OH pabotaer. [losTtomy
CTAOUIU3AIUs CTPYKTYPBI MOXKET CONMPOBOKIATHCA
YMEHBIIEHHEM KaTaJIUTHYECKOW aKTHUBHOCTH U Ha-
o6opot. Cregyer OTMETUTbh, YTO NPU YMEPEHHOH
KpPaTKOBPEMEHHOM THNOTEPMUU KaTaJuTHUYecKas
sppexTuBHOCTE AXD MeMOpaH 3pUTPOLUTOB 3HA-
yutenbHo moBblmaercs [11]. [Ipu aTom ocHOBHOM
BKJIaJ B U3MEHEHHE 3P PEKTUBHOCTH KaTaJInu3a BHO-
CHJIO CHM)KEHHE KOHCTaHThl Muxasiuca, 4TO CBH-
JIETETCTBOBAJIO B TMOJIB3Y TMPENNOJ0XKEHUI O
CTPYKTYPHBIX U3MEHEHHUIX B caMOi MoJieKyie dep-
MEHTA.

KaxoBbI ke MOJEKyIspHbIE MEXaHU3MBI U3Me-
HEHWH  TEePMOCTaOMIBHOCTH  JPUTPOIUTAPHOUN
AXD, CONps)KEHHBIX C U3MEHEHUSMHU €€ aKTHUBHO-
CTH, 33 CTOJIb HeNpoAoJDKUTenbHbIM nepuon (0,5—
3 u) cHWXeHus TeMmmepaTypsl Tena? Tepmocra-
OMIBHOCTH ()epMEHTa BEChMa YYBCTBUTEIIbHA K W3-
MEHEHHsIM B cTpyKType depmenTta [12]. [Tockonbky
B DJPUTPOLHTAX OTCYTCTBYET OEIOKCHHTE3UPYIO-
Ui anmnapaT ¥ HEU3BECTHBI T'€HETHYECKU JeTep-
MUpOBaHHBIE CTPYKTYpHBIE BapUaHTHl (epMeHTa,
W3MEHEHUS TEepMOCTa0MIBLHOCTH (epMeHTa CBs3a-
HBI, CKOpEe BCEro, ¢ €ro XMMHU4YECKod Moauduka-
nueil. B kauecTBe TaKOro MexaHM3Ma MOJKET BbI-
crynath (ochopunmposanue/nedochopunupona-
Hue QpepmentHoro Oenka. Kak mokaszano B pabo-
te [35], ¢ochopunupoBaHue TPUBOAUT K YBEIH-
YeHHUI0 aKTHBHOCTH A XD B HECKOJIBKO pa3, HO HE
u3MeHsaeT 3HauyeHue Ky, ¢pepmeHnta. XoTs B KPOBH
MMEIOTCS JKTONPOTEHMHKUHA3bl U (pocdaraser [36],
€CTh JU BO3MOXHOCTH IJisi (QocopHINpOBaHUS
9KCIIAaHUPOBAHHBIX B Ia3My cyObemmHuy AXDO
SPUTPOLUTOB TOKa HEU3BECTHO.

AXD BecbMa 4UyBCTBUTEIbHA K JEHCTBUIO aK-
THUBHBIX ¢opM kuciaopona. Ux sadpdextsr Ha AXD
3aBHCAT OT BHJAAa aKTHBHBIX (pOopM KHCIOpOna, UX
KOHIEHTpPAalUU U JJIUTEIbHOCTH BO3JeUCTBUA. Tak,
OBLIIO IOKAa3aHO, YTO UHKYOMPOBaHNE TOMOTEHATOB
mo3sra B cpesie ¢ FeSO, (84 MkM) u ackopOuHOBOI
kucinoTel (400 MKkM) criocoOCTBYET B TEUCHHE Iep-
BBIX 15 MuH akTuBanuu pepmenTa, a uepe3 1,5 g —
uHruouposanuio [37]. OGHapyKeHO, YTO MEPEKHUch
BOJIOPOJIa OKa3bIBAET J0303aBUCHUMBIN 3(hdexT Ha
AKTUBHOCTb M KHMHETHUYECKHE XapaKTEPHUCTHKU
AXD. NuakyOupoBaHHEe pacTBOpHUMON W MeMOpa-
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HOCBsI3aHHOW sputponutapHoit AXD [38], a Takxke
pekomOnHaHTHOW AXD wuenoBeka [39] B cpene,
cozeprkaliell Hu3kue Konuentparun H,0, (100 M),
MPUBOJUIO K MOBBIIIEHUIO aKTUBHOCTH (hepMeHTa,
B TO € BpeMs KakK BbICOKHME KoHUeHTpauuu H,O,
(103 M) oxa3bpIBalu CyLIECTBEHHBIH HHTUOHPYIO-
muit 3¢pdexr. O6Hapyxkennsie d3¢dpextsr H,O, aB-
TOPHI CBSI3BIBAIOT NU0O0 ¢ Moaudukanuend JIHMHUI-
HOW MAaTpHIBl SPUTPOLUTAPHBIX MeMOpaH [38],
aub0 ¢ M3MEHEHUEM CTENeHH OKHCIEHHOCTH OC-
TaTKOB METHOHWHA, LHUCTEMHA W TpuUnTtodaHa B
¢depmente [39]. bruto mMoOKazaHO, YTO aKTUBHOCTH
AXD W3 KIEeTOK HeWpoOIacTOMBI 4YelOBeKa IpH
24-gacosoii naky6anuu ¢ H,0, (B 1nanazone KoH-
neatrpanuii 1-1000 MkM) CHIBHO yBETHYHBAETCS.
Pe3ynbpTaTel KHMHETHYECKOTO HCCIENOBAaHHS IOKa-
3amu, yro H,O, Bmmsger ma V ., a He K, u
W3MEHSET CUTMOMJHYI0O KHHETHKY, HalJoJaemMyro
B KOHTPOJIBHBIX 00paslax, Ha THIEepOOTUIECKYIO
kuneruky [40]. Kpome toro, H,O, (B nuanasone
100-1000 mxM) ymeHbIIana oOmiee coaepkKaHHE
AXD n MmogudpuuupoBana ee n30(pepMEHTHBIH MPO-
¢$buh.

TakuM 00pa3oM, MHOKECTBO IKCHEPUMEHTATb-
HBIX JaHHBIX CBUAETENbCTBYeT o ToMm, uto H,O,
MOXET UTrpaTh PEryIsITOPHYIO pOJb B (PYHKIHO-
HupoBaHuu AXDO.

B cBere 3THX MaHHBIX CIENyeT elle pa3 oTMe-
TUTh, 9TO TPH KPATKOBPEMEHHOW THIOTEPMHH Y
KpBIC paHee HaMU Oblia 0OHapyKeHa MOJIOKUTENb-
Has KOPPENSIusI MEXKIY MOBBIIICHUEM aKTUBHOCTH
AXD [11] U creneHbl0 OKUCIUTEIbHON MOIUdU-
KallM¥ JUMUAOB W OEIKOB MEMOpaH JpUTPOLH-
TOB [9]. MBI mpeanonoxuny, 4To akTupanua AX0D
MPHU THUIIOTEPMUHA MOXKET OBITH PE3yTbTATOM «MST-
KOW» OKHCIHUTEeNbHON Moaudukanuu (epMeHTa
MoJ JeicTBHeM aKTHUBHBIX (OpM KHCIOpoJa Ha
HadaJlbHBEIX dTallax THIOTepMUH. B 3TOM ciydae
«MSTKasi» OKUCIUTENbHAsS Moaudukanus GepmMeHTa
MOJKET MEPEBECTH €T0 B KBa3WHATHBHOE COCTOSHUE,
KaK 3TO HMMEJO0 MECTO MPH MOIUDHUKAIUU THOJIO-
BBIX Ipynn AXD anexkTpuueckoro oprana 7 orpedo
California xnopunom ptyTu [21]. Takoe cocrosiHue
MPH TOBBIICHUH TEMIIEPATYPhl MOXKET MEPEXOJAUTH
B COCTOSHHE pacIUIaBICHHOHN rimoOymnbl. B kBazm-
HAaTUBHOM COCTOSIHUHU, OOYCIOBIEHHOM BIHSHUEM
akTUBHBIX (hopMm kuciaopona, AXD moaBepraercs
Oosee OBICTpOV AeHATypalWH, 4YeM HATHUBHOM, O
9eM CBUJETEIbCTBYIOT MOJYICHHBIC HAMH 3HAYCHUS
KOHCTAaHT CKOPOCTH JIEHATYpallid W JHEPTHUU aK-
TUBanWM AcHatypanuu AXD 3pUTPOIUTOB THUIIO-
TEpMUPOBAHHBIX JKUBOTHBIX. B TMOJIB3y Takoro
MPEINOI0KEHUS MOXKET CBUIIECTEILCTBOBATHL pabo-
Ta Belinepa u cotp. [41], B KoTOpOi moka3aHo,
4TO TMpH HHKyOamuu ovumnieHHOW AXD U3 3rek-
Tpudeckoro oprana Torpedo Californica B TeueHune
NIBYX—TIATH 9acOB B Cpele, TeHepHUPYIOIIed KUCIO-
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poanbie pamukansl (ackop6at-H,0,-Fe3*), mpo-
UCXOIUT mepexo] (epMeHTa B YaCTUYHO pas3Bep-
HYTO€ COCTOSIHHE, II0XOKee Ha PpacIUIaBICHHYIO
r100yny, C TOBBINIEHHOW UYYBCTBUTEIBHOCTHIO K
nporeonn3y. MoXHO MPEANOJIIOXKHATE, 9TO B TAKOM
cocTossHUHM (pepMeHT OyZeT O4YeHb YYBCTBUTENEH K
BO3JCUCTBHIO M APYrUX (U3MKO-XUMUYECKUX (aK-
TOPOB, B TOM YHCI€ U K TeMIlepaType.

OOpamaer Ha ce0s BHUMaHHE TOT (hakT, 4YTO
CHWKEHHEe TepMocTadunbHOCTH AXD, 00HApyXKeH-
HO€ HaMH NpPHU KPATKOBPEMEHHOW THUIIOTEPMUH,
0Ka3ajloch O0paTUMBIM B Ciydae MPOJOHTHPOBA-
HUS THUINOTEPMHH B TEUEHHE TpexX dYacoB. brlio
MOKa3aHo, YTO MPOJOHTHPOBAHHE YMEPEHHOW TI'H-
MOTEpMHUU B TEUEHHE TPEX YacoB CIOCOOCTBYET
CHWKEHUI0 WHTEHCUBHOCTH CBOOOJHOpaIUKaIb-
HBIX TPOIIECCOB B KIETKax, B TOM 4YHCIE€ U B
SPUTPONMUTAX, 32 CYET YBEIMYCHHS COJICpPIKAHUS
KOMIIOHEHTOB AHTUOKCHUIAHTHOH 3amiuThl (riayTa-
THOHA W CYIb(OTHIPHUIBHBIX TPYII MeMOpaHHBIX
OEIKOB) M TOBBIIIEHHUS AKTUBHOCTH CYHEPOKCHII-
nucmyTasbl [42]. DTo coriacyercs ¢ MaHHBIMU pa-
60ThI [43], B KOTOpPHIN OblIa OOHApy)KEeHA mpsMas
KOppeNsAus MEKIy OOmeld aHTHOKUCIHTEIbHOMN
AKTUBHOCTBIO IJIa3Mbl KPOBU U aKTUBHOCTBI0O AXD
MeMOpaH DPHTPOLHUTOB YEIOBEKAa: YeM BHIIIE aH-
THOKHUCIUTENbHAS aKTUBHOCTh, TEM BBIIIE aAKTHB-
HOCTh (hepMeHTa.

ITockoNMbKy KAaTaTUTHYECKHE CyObETUMHUIIBI
AXD 3pUTPOIIUTOB OPUEHTUPOBAHBI B dKCTpaKJe-
TOYHOE IMPOCTPAHCTBO, TO BIIOJIHE JIOTHYHO, YTO
aKTUBHOCTHb (pepMeHTa peryjiupyercss aHTHOKCH-
JAHTHBIM CTAaTYCOM ILIa3Mbl. BO3MOHO, 4TO mpo-
JIOHTUPOBAHHE THUIOTEPMHUU MOCPEICTBOM IOBBI-
LICHWs] AKTUBHOCTH AaHTHOKCHAAHTHON 3aIlUTHI
IJa3Mbl ¥ 3PUTPOLUTOB CIIOCOOCTBYET BOCCTaHOB-
JICHUIO OKHMCJIEHHBIX OCTaTKOB aMHHOKHUCIOT U I10-
BBIIIEHUIO 3((PEKTUBHBIX dHEPTUH aKTUBAIIUU Tep-
MoneHatypanuu AXD no ypoBHS KOHTpouss. OO0-
Hapy>X€HO, YTO IIOCPEICTBOM BOCCTAHOBJIEHHUS W
OKHUCIIEHUS Ba)KHEUIIHX aMHUHOKHCIOTHBIX OCTaT-
koB AXD napo3o¢uiasl MOXeT OBIThH H3MEHEHa ee
TepmocTabunbHOCTh [44]. Takum oOpa3zom, oOHa-
PY)KEHHbIE HaMH paHee H3MEHEHHs] aKTHBHOCTH
AXD ¥ ero KHUHETUYECKUX XapaKTEPUCTUK, a TAKXKE
TepMocTaOuIbHOCTH A XD XOpOImIO KOPPETUPYIOT
C NAHHBIMH 00 WM3MEHEHHMH HHTEHCUBHOCTH CBO-
0OJHOpaAMKAJIBHBIX IPOLIECCOB B 3PUTPOLMTAX
IIPU YMEPEHHOU T'MIIOTEPMHUU PA3IUYHOMU JIIUTEIb-
HOCTH.

C npyroil CTOpPOHBI, CTapble WJIM MOBPEXJIEH-
HblE€ IIPU KPAaTKOBPEMEHHOU THIIOTEPMHUU 3PUTPO-
LOUTHl MOTYT MOJBEPraThCsl aTake co CTOPOHBI da-
TOLUTOB, BBIBOAUTHCA M3 KPOBOTOKAa WU, Kak
HaMu ToKa3zaHo [45], moaBepraTbcs BHYTPHCOCY-
JUCTOMY Te€MOJH3Y, a B KPOBb IOCTYIAaTh U3 KO-
CTHOTO MO3ra HOBbl€ 3pUTpouuThHl [34]. CTpyKTYp-
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HO-QYHKIIMOHANbHbIE XxapakTepucTuku AXD, B
TOM 4YHCJIE TEePMOCTaOMIBHOCTH, OOJiee MOJIONOMH
MOMYJSIUA IPUTPONHUTOB MOTYT OTJIMYATHCS OT
JIIUTEIbHO NUPKYITUPYIOUIEH TOMyISIIUN, TOCKOIb-
Ky OBIJIO TTOKa3aHO, YTO aKTUBHOCTh A XD 3aBHCHUT
OT BO3pacra J3pUTPOIUTOB [43].

TakuM oOpa3om, pe3yiabTaThl JAaHHOTO HCCIIe-
JOBaHMS, CBHUIETEIbCTBYIOIIME O CHUXXEHHM CTa-
OMIBHOCTH CTPYKTYpHl AXD, a cimegoBaTenbHO,
MOBBIIICHUH €€ JaOMJIBHOCTHU COTJACYIOTCS C IO-
JTy4YeHHBIMM HaMU paHee JaHHBIMH O MOBBIIICHUH
KaTaTUTUYecKON 3¢ dekTuBHOCTH QepMeHTa mpu
HHU3KHUX TemnepaTypax tena. C 3Toi mOo3UIIUN MOX-
HO TIPEINOJ0XHThb, YTO M3MEHEHHE TEPMOIa0OUIb-
HocTH AXD mpU TMIOTEPMHUH HOCHUT aJalTHBHBIN
XapakTep M IO3BOJISIET KOMIIEHCHPOBAaThH BO3JEH-
CTBHE HU3KOTEMIIEpaTypHOTO ¢akTopa MyTeM Ja-
Omanu3anuu CTpyKTypsl Qgepmenta. Takas ¢opma
ajJanTalyuy LIMPOKO M3BECTHA Yy IONKHIOTEPMOB
U XOPOILO OIHMCaHa B Kjaccuueckux paborax Xo-
gauko u Comepo [1].

OcoObIil WHTEpEC MpeAcTaBiIieT TOT GakT, 4YTo
NPOJIOHTUPOBAHUE THUIOTEPMHUU A0 TpPeX YacoB
CIOCOOCTBYET TOBBIIIEHUIO TEPMOCTAOHIBHOCTH
AXD, 0 ueM CBHIETENbCTBYET MOBLIIEHUE E, ne-
HaTypaluu, JAOCTHTAIONIee YPOBHS KOHTpois. Pa-
Hee MpPHU WCCIEAOBAaHUW AKTUBHOCTH W KHHETHYe-
CKHX XapakTepucTuk AXD HaMu OBIIO MOKa3aHO,
YTO MPOJIOHTUPOBAHUE THIIOTEPMHUH CIIOCOOCTBYET
ux HopManu3anuu [11]. Takum oOpa3om, TaHHBIC
HACTOSIIIEr0 MCCIAEAOBAHUS XOPOIIO KOPPEIUPYIOT
C pe3ynbTaTaMH TMPEABIAYIIUX HCCIECIOBAHUNU U
YKa3bIBAaKOT HAa TO, YTO U3MEHEHUS TEPMOCTAOWIb-
HOCTH M aKTUBHOCTH AXD 3aBHCHUT OT IJJIUTENb-
HOCTH TUIIOTEPMHH U HOCAT OOpaTHMBII XapakTep.
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The Kinetics of Thermal Denaturation of Acetylcholinesterase
of Rat Red Blood Cell Membrane during Moderate Hypothermia

N.K. Klichkhanov and A.M. Djafarova
Dagestan State University, ul. Gadjieva 43a, M akhachkala, R epublic of Dagestan, 367000 R ussia

The thermostability of acetylcholinesterase of rat erythrocyte membranes in norm and moderate
hypothermia was studied. It is shown that the kinetics of the thermal denaturation of acetylcho-
linesterase is nonlinear and corresponds to a model that involves the two-step denaturation, fast
and slow, of the enzyme native form. The rate constants of the fast phase, k|, are much higher
than those of the slow phase, ky, while the energy of the fast phase activation is lower only by
19.4% compared to that of the slow one. Short-term moderate hypothermia is shown to increase
k1 and decrease the index of relative activity of the intermediate form of acetylcholinesterase
(parameter P), leading to lowering the activation energies of both stages significantly and parameter
B becomes more temperature dependent. The prolongation of hypothermia up to 3 hours contributes,
mainly, to a decrease in ki and k, relative to short-term hypothermia, and the activation energy
of denaturation increases. The obtained data support the hypothesis according to which the structure
of acetylcholinesterase is labilized at the initial stages of the development of the hypothermic state
and stabilized during prolonged hypothermia.

Keywords: acetylcholinesterase, kinetics of thermal denaturation, erythrocyte membrane, hypothermia,
rats
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