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BBEOEHUE

KieTrka — BBICOKOOPraHM30BaHHAs CTPYKTypa, COAEprKaliasi MHOXKECTBO
(GYHKIIMOHATBHBIX €AMHUIL, XapaKTePU3yeTCs HAIWYHEeM IUIa3MaTHUYeCKOH u
BHYTpeHHUX MeMOpaH. Ilnasmatuyeckass memOpaHa TMpeAcTaBisieT coOou
BHEIIIHIOI0 MEMOpaHy KIIETKH, & BHyTPEHHHE MEMOpaHbl SBJISIOTCS MeMOpaHa-
MU KJIETOYHBIX opranesul. [1iomaap moBepXHOCTH MIa3MaTHYECKO MeMOpaHbI
COCTABJISIET PUMEPHO OAHY COTYIO YacTh CYMMapHOMW IIIOIIAIX OBEPXHOCTH
BCEX MEMOpPaH KIJIETKH.

Bce memMOpaHbl HMEIOT MOJ00HOE CTPOEHUE — JIUMHMIAHBIA OUCION (CTPYK-
TypHasi OCHOBa MeMOpaHbl), OEJIKH, aCCOLMUPOBAHHBIE C JIMMUIHBIM OUCIIOEM,
U YIJEBOJIbl, CBSI3aHHBIE C O€lKaMu W JUNuAaMu. Pasnuuust B CTpyKType U
CBOMCTBAaX MEMOpAH OIPENEISAIOTCS, B IEPBYIO OUYEPEb, PA3INUMEM B COCTaBE
U XUMUYECKOM CTPOEHUU MEMOpPaHHBIX KOMIIOHEHTOB.

MeMOpaHa — HE TONBKO CTPYKTYPHBII 3JI€MEHT, OTIEISIOMIUNA COAEPKUMOE
KJIETKH OT OKPYXXEHHUS M 00eCneunBarouMil €€ IeJOCTHOCTh. JTO — CIIOXKHAs
¢dyHkuuoHanpHas cucreMa. C ydacTueM MeMOpaH pa3BUBAETCS MHOMXKECTBO
OMOXUMHUYECKUX U OMO(HU3UYECKUX MPOLIECCOB U SABJICHHUA B KIIETKE, B TOM
YyHUCJe NPEeBpPALIEHUE HSHEPrUu U3 OJHON (OPMBI B JIPYTYIO, CBSI3bIBAHUE TOP-
MOHOB M aHTUTE€HOB, PETyJsius aKTUBHOCTU (hepMeHTOB, cuHTe3 ATD u apy-
I'MX BEUIECTB, PELENUUs CUTHAJIOB, KJIETOYHOE Y3HABaHWE, FE€HEPALMs 3JEK-
TPUUYECKUX CUTHAJIOB. MemMOpaHbl 00eCeunBalOT 3asKOpUBaHUE (PUIaMEHTOB
LIUTOCKEJIETa WJIM KOMIIOHEHTOB 3KCTPAKJIETOYHOro martpukca. Kpome Toro,
MeMOpaHbl 00ECeunBalOT HANpaBJICHUE JBH)KEHUS KIIETOK WJIM OpPraHesul B
KJIETKAX.

MeMOpanbl mpeacTaBisiOT cOOOM MOMYNPOHUIIAEMBI Oapbep, obecredu-
BAIOILUI CEJIEKTUBHOCTD U CHEU(PUUHOCTh TPAHCIIOPTa MOHOB U MOJIEKYJI KaK
BHYTpPb KJIETKH, TaK M HApPYKy. BOJBIIMHCTBO BEUIECTB HE MOTYT CBOOOIHO
POHUKATh yepe3 MeMmOpany. VX nBMKEHHE KOHTPOJIMPYETCS MHTErPaTbHBIMU
MeMOpaHHbIMH O€JTKaMH, B TOM YHMCJI€ KaHAJIaMH, HACOCAMHU U MEPEHOCYUKAMHU.
KoHTponupysa pyHKIMK TPaHCHOPTHBIX CUCTEM, MeMOpaHa CIOCOOCTBYET OIl-
TUMHU3ALUU TTapaMETPOB BHYTPEHHEW Cpebl U OBICTPBHIM CHELU(PUUECKUM H3-
MEHEHHUSM B 3TOM cpelie MpU OTKJIMKE Ha COOBITHS 3a MpelneiaMu KIIETKH.
CpoiicTBa MeMOpaH MOTYT U3MEHSATHCS JTUOO MPU U3MEHEHUU IIPOLIECCOB BHYT-
peHHero merabonu3mMa, JU00 MpU ACHCTBUM BHEIIHUX CHUTHAJIOB, HapUMED,
TOPMOHOB.



FMABA 1. NUNUAOHbIA KOMNOHEHT
BUOJNNTOMMYECKUX MEMBPAH

JIunuzel — KjJacc OpraHUYEeCKUX COEIUHEHHH, IIMPOKO paclpOCTPAHEHHBIX
B KMBBIX OpraHu3Max. B »UBBIX cuCTEMax JMMHJIbI BBIIOJHSAIOT MHOTOYHC-
JeHHble QyHKUMH. OHM SBISIOTCS HEOTHEMIIEMBIMH CTPYKTYPHBIMH KOMIIO-
HEHTaMH OHMOJIOTMYECKUX MEMOpaH, HCTOYHHUKOM DHEPIUHU, CIYXKaT PeryssTo-
pamu (YHKIIMOHAJIHHOW aKTHUBHOCTU OENKOB, BBIMIOJHSAIOT POJIb CUTHAIBHBIX
MOJIEKYJ (IIEpBUYHBIE BHEKJIETOUHBIE MECCEHKEPhl, BTOPUYHBIE BHYTPHKIIE-
TOYHBIE MECCEH/KEPBI) B MPOLECCAaX KIETOYHOW CUTHAIU3ALMU U T. 1.

OOmenpUHATOTO ONMpeneeHNs TePMUHA «ITUIUABD HET. OOBIYHO JUIHIBI
XapaKTePU3YIOTCS KaK COCIUHEHHSI MTPUPOJIHOTO MPOUCXOXKICHUS, 00ImuM ¢u-
3UYECKUM CBOWCTBOM KOTOPBIX SIBISIETCS BBICOKAsh PACTBOPHUMOCTH B OpraHH-
YECKUX PAaCTBOPUTENSAX, TAKUX KaK XJIOpopopM, OeH3011, 3UpPHl U CIUPTHI, U
HU3Kasi pacTBOPUMOCTh B BojJie. CKa3aHHOE OTHOCHUTCS K IIMPOKOMY pa3HO00-
pa3uio NPUPOIHBIX MPOAYKTOB, BKIIOYAIOIIEMY KUPHbIE KUCIOTHl U UX MPOU3-
BOJIHBIE, CTEPOU/IBL, KEITYHbIE KUCIOTHI, TEPIEHBI, KapOoTeHOU1bl. OJTHAKO MHO-
T'M€ U3 BEILIECTB, KOTOPbIE paCCMaTPUBAIOTCS KaK JIUIH/IbI, MOTYT pacTBOPATHCS
KaK B BOJIE, TaK U B OPTaHUUYECKUX PACTBOPUTEISX.

Yacto TEpMHH «JTUMHIBD UCIIONB3YeTCs HE TOIBKO JJIs1 0003HAYCHUS KHUP-
HBIX KUCJIOT U UX MPOU3BOJHBIX (3(HPOB U aMUI0OB), HO TAKXKE U COCTUHEHUH,
CHHTE3 KOTOPBIX B TPHPOJE TECHO CBsI3aH C JKUPHBIMH KHCIOTamu. B
COOTBETCTBUM C JAHHBIM MOJXOJOM MOXHO BCTPETUTH CIEAYIOIIee omnpeese-
HUE: JTUTUABI — 3TO KUPHBIE KUCIOTHl U WX MPOU3BOJHBIC, a TAK)KE BEIIECTBA,
CBSI3aHHbIE OMOCUHTETUYECKU WM (PYHKIIMOHAIBHO C dTUMH COSANHEHUSIMH. B
pamMKax JaHHOTO OMpPENEJICHHs] XOJIECTEPUH M PACTUTEIBHBIC CTEPUHBI MOYKHO
paccMaTpuBaTh Kak JUIHUAbI, @ TAK)KE€ OTHECTH K JIMMIUAAM KEJTYHbIE KUCIIOTHI,
TOKO(EPOJIbl U HEKOTOpBIE APYTUe COEIMHEHUs. ['aHTIMO3U/Ibl TaKXKE MOYKHO
KJIACCU(PUIMPOBATH KaK JIMMUIBI, XOTSI OHH Jy4YIlle pacCTBOPSIIOTCS B BOJE, YEM
B OpraHMYecKUx pactBopuressx. OJHaKo MOJ aHHOE ONpEeJeIeHUE He Mola-
JAl0T TaKue MPUPOAHBIE BEIIECTBA, KaK CTEPOUJHBIE TOPMOHBI, HEKOTOPHIE
AKHUPOPACTBOPUMBIE BUTAMHUHBI, KAPOTECHOUIbI U TEPIICHBI.

CopeprkaHne JTUMUAOB pa3UYaeTCs HE TOJBKO B Pa3HBIX TKAHSX, HO M B
Pa3IMYHBIX OpraHesiax.

1.1. KNACCUDPUKALUA NUNNOOB

CymiecTByeT HECKOJIBKO CTIOCOO0B KiacCU(UKAINK JIUTTHI0OB, OCHOBAHHBIX
Ha XHUMHYCCKOUW CTPYKTYpe, (PU3NUECKHX CBOHCTBAX, OMOJIOTHYECKON pPOJIM U
T. I

B 3aBHCHMOCTH OT OMOJIOTHYECKON POJI JTUMTUABI MOYKHO Pa3/IeiuTh Ha TPH
KJlacca: 3armacaeMble JTUIMUABI — )KUPHBIC KUCIIOTHI, TPUAITMITIIUIIEPUIBI, BOCKA,;
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CTPYKTYpHBbIC JUIUABI — TiHiepodochommunuabl, COUHTOIUIUAL U CTEPUHBL;
pEryisITOPHBIC JUMUABI — CTEPOUAHBIE TOPMOHBI, U30MPEHOUABI U IMKO3aHOU-
JIBI.

C y4eToM MEXaHHU3MOB B3aWMOJICUCTBUS CO IIEIOUYBIO JIUIUABI JETATCS HA
JIB€ OOJIBIIIME TPYIIbI: OMBUISIEMbIE U HeoMbLIsieMble. K rpymmne oMbuisieMbIx
JIUTIAJIOB OTHOCATCSI IPOCTBIE M CJIOKHBIC JIUIUJIBI, KOTOPbIE MPU B3aUMOJIE -
CTBUHU CO MIEIOYaMU THAPOIHM3YIOTCS ¢ 00pa30BaHUEM COJIEH BBICOKOMOJIEKY-
JISIPHBIX KHUCJIOT, Ha3bIBAEMBIX «MbUIaMu». K HEOMBUISIEMBIM JUIKAM OTHO-
CSATCS COEIMHEHMS, HE TMOABEPraromuecs MeI0YHOMY TUAPOIU3Y (CTEPUHBI,
KUPOPACTBOPUMBIC BUTAMHUHBI, IPOCTHIC 3PUPHI U T. 11.).

Haunbonee pacnpocTpaHeHHOM sBisieTCS KiacCUpUKaAIUSI OWOJIOTHUYECKH
BKHBIX JIMITHIOB HA OCHOBE UX CTPYKTYPHBIX OCOOCHHOCTEH, XOTS U B JIAHHOM
MOJIX0/I€ BCTPEUAIOTCSA BapHallih, CBSI3aHHBIE C OTCYTCTBUEM €IMHOTO OIpee-
JICHUS JINTTAIO0B.

OCHOBY CTpPOEHHUS JMIIWJIOB, MOABEPraloIIUXci TUAPOJIU3Y, COCTABIISIIOT
CIUPTHI — BBICIIME ali(PaTHUCCKHE OJHOATOMHBIC, TPEXaTOMHBIN CIUPT TJIH-
LEPUH U JBYXaTOMHBIN aMUHOCTIUPT CHUHTO3MH. CUPTHI allUIIUPOBAHBI BBIC-
IIUMHU KUPHBIMU KHUCITOTAMU; OJIUH U3 CIIUPTOBBIX THAPOKCUIOB MOXKET OBIThH
stepuduipoBat GochopHO KUCIOTON, CBA3aHHON C OCTaTKAMU aMUHOCITHUP-
TOB WJIM aMUHOKHUCIIOTHI (CEpHUH).

B cooTBeTcTBUU C TaHHOW KJIacCU(UKAIMEN JUMUILI MOXKHO pa3AeinTh Ha
TPpU OOIIMPHBIX KJIacca: MPOCTHIC JTUMUbI, CI0KHBIC JTUMUILI U MPEAIIeCTBEH-
HUKU U MIPOU3BOJIHBIC JIMTTHUIOB.

1.1.1. MpocTble nunNuAabl

[TpogykTamu THIPOHM3a MPOCTHIX JIUMUIOB SBISIOTCS, KaK MPABHIIO, CIIHP-
THI U KapOOHOBBIE KUCIOTHI. K MPOCTHIM JHMHIaM OTHOCSTCS JKUPHI (TPUTIIH-
HEPUJIBI), TPEACTABIAIOMUE co00i ClokHbIE (DUPBI TPEXATOMHOTO CIHPTA
IJIMLIEPUHA U BBICHIMX KUPHBIX KHCIOT, BOCKM — CJIOKHBIE 3()UPBI BBICHIMX
KUPHBIX KHUCIOT W BBICIIMX OAHOATOMHBIX crupToB. K mpocThiM nunuaam
MO’KHO OTHECTH U JIMIHJIbI, HE MOABEPTaIOLINeCs TUIPOIU3Y: CTEPOUIBI U TEP-
HIEHBI.

Tpurnuuepuapl (TpUAMITIIMLEPUIbI) — CaMble PacpOCTPAHEHHbIE U3 JIM-
NUI0B, BCTpeuaroumxces B npupoze. [IpupoaHsie Kupbl NpeACcTaBIsioT coO00
CIIO)KHBIE CMECH Pa3INYHBIX TIIHMIEPUAOB. B MX cOocTaB B OCHOBHOM BXOJIST
TPUTIHUIIEPUABI, HO IPUCYTCTBYIOT JU- U MOHOTJIULIEPHIBI.

['Maponn3 TPUTIUIEPUIOB MIPOUCXOTUT MO BIUSHUEM KHCIIOT, IIETOYEH,
CyJb(OKHUCIIOT, a Takke npu ydyactuu hepmenToB. [Ipu runponuse oopa3yroT-
Csl CHauasa u-, 3aTeéM MOHOTJIMIIEPUIBI M B KOHEUHOM MTOTE€ KUPHBIE KUCIOTHI
Y TTIUICPHUH.

Jlnis yka3zaHusl TIOJIOKEHUS! >KUPHOKHCIOTHBIX 3aMECTUTENIC B MOJIEKYJe
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TJIUIEPUHA UCTIONB3YIOT SN-CHCTEMY CTEpeOoCHeMpUIecKOr HyMepaluu aTo-
MOB yriepoja (Sn- ot aHri. Stereo-specific numbering) (puc. 1.1). Hanpumep,
TPUTIHIIEPU, COAEPKAIINi B IepBoM mosioskeHnu (C-1) ocTatok cTeapuHOBOM
KHCIIOTHI, BO BTOpoM (C-2) — oslenHoBOM, B TpeTheM (C-3) — MaIbMHTHHOBOM,
o0o3HauaeTcs cieayomuM obOpa3oM: SN-rimimepos-l-creapar-2-onear-3-
najJbMUTAT.

C-1 C-2 3

CH,— CH—CH,

| |

RCOO R,COO RLCOO

Puc. 1.1. sn-Hymepanus aToMOB yriaepoaa
[JIMLIEPUHOBOIO OCTOBA

B Tpurimnepuaax jXKUPHOKUCIOTHBIE 3aMECTUTENIM MOTYT Pa3jIndaThCsl KaKk
10 JUIMHE LIENH, TaK W 10 YMCIy JBOMHBIX CBsi3eH. B NMHINEBBIX XKUpax yamie
BCET0 COJIEPKATCS NATbMUTUHOBAS, CTEAPUHOBAs, OJICMHOBAs U JIMHOJIEBAsA KH-
cy0Thl. OCTaTKA HEHACBIIEHHBIX )KMPHBIX KACIOT BCTPEYAOTCS, KaK IPABUIIO,
B nosioxenuu (C-2) rimiepuHa.

BOJBIIMHCTBO MPUPOIHBIX BOCKOB MPEACTABISAET cO00il cMech 3PUPOB O~
HOATOMHBIX HACHIIIEHHBIX KapOOHOBBIX KUCIOT U criupToB (R;COOR,).

Crepounapl OTHOCATCS K JIMIUAAM KABOTHOTO MPOMUCXOKICHHS. OCHOBHOM
YacThIO CTPYKTYPbl CTEPOUIOB SIBIAECTCS LUKIONEHTAaHNEPruapo(heHaHTPEH.
Wx moapa3nenstoT Ha CTEPUHBL, CTepUAbl (3(QHUPHI XOJECTEPUHA), )KEITUYHBIE KU-
CJIOTHI, MOJIOBBIE TOPMOHBI, KOPTHUKOCTEpOUAbl. OCHOBHAs Macca CTEPUHOB B
OpraHU3Me 4eJIOBEKa MPEACTABIECHA XOJECTEPUHOM — OJHOATOMHBIM LIUKJIMYE-
ckuM criuptoM (puc. 1.2). XoJleCTepUH CONEPKUTCS B JKEITUH, TJIa3Me KPOBH,
KJIETOYHBIX MEMOpaHax, sIBJISIeTCS KOMIIOHEHTOM JIMIIOIPOTEHHOB.

CH;
(::H—CH3

CH,

HO

Puc. 1.2. CtpyktypHas hopmyiia XoJecTepruHa



TepneHbl OTHOCATCS K JIMIMAAM PACTEHUM U MOCTPOEHBI U3 JIBYX, TPEX U
Oosee 3BeHbEB M30MpeHa. M30mpeHoniHbIe e BXOAST B CTPYKTYPY MHOTHX
OMOJOTMYECKU aKTUBHBIX COCIMHEHUN, HAIIPUMEP HEKOTOPBIX KUPOPACTBOPU-
MBIX BUTAMHHOB, CTUMYJISITOPOB POCTa PACTEHUI, KAPOTUHOUIOB H T. 1.

1.1.2. CnoxHble nunuabl

[Tpu ruznposin3e CIOXKHBIX JTUIUAOB, KaK MPABHUIIO, 00Pa3yIOTCs COEUHECHUS
Tpex u 0oJiee BUJIOB.

B paMkax maHHOTO Kjlacca MOXHO BBIJICIHTH HECKOJIBKO TPYIII JIUMUAOB:
dbocdornuiepuapl, TNUKOIUIUABI, IPYTHE CIOXKHBIC JUMUABI (IUONbHBIE JIH-
MUIBI, CYJIb(OTUTINIBI, AMUHOMIIHIBI, JIMTIONIPOTEHHBI U JIP.).

®docdormuniepuapl — JUMUABI, COACPXKAIIUE MOMHMO >KHPHBIX KHCIOT U
crnupTa ocTtatok (ochOopHON KHUCIOTHI, KOTOPHIA 00pa3yeT CIOKHOA(DUPHYIO
CBSA3b C aTOMOM KHMCJIOpOAA THAPOKCHWIBHOW rpynnsl SN-C-3 rmunepuna. B ux
COCTaB MOTYT BXOJUThH a30TUCTHIE OCHOBAHMS U JJPYTHE€ KOMIIOHEHTHI.

dochornunepuipl pa3aensaioT Ha riaunepodochonunuabl (COIUPTOM SBIIS-
etcst runepuH) (puc. 1.3) u cunrodochonunuapl (ciupTom siBisercs: chun-
TO3UH — HEHACBIIIICHHBIN JJIMHHOIETIOYEYHBIN IBYXaTOMHBIN criupT) (puc. 1.4).

R’COO—(|3H2

R'COO-CH (I?
|

CH2 - O - P - O -X
|
OH
"1.H = docharunossie kucrors (PK)

2. CH,CH;N(CH3)z = docharuaunxonnnp (neuutinb) (PX)
(1,2-gnanun-sn- rmuuepon-3-pochoxonuHbl)

3. CH,CH,;NH, = docharnannranonamunst (O3)

} (xedanunb)
4. CH,CHNH, - dochatununcepunst (PC)

|
COOH

5. CH 2CH(OH)CH 20H — dochatnaunrmunepuss (OI7)

6. C 6H1105 — hocharuaununozutH sl (OPH)
(MHO3UTHI)

7.@ochaTHANITIRIEPUT — KapIHOIHITHHBI

Puc. 1.3. T'muuepodocdonunuabt
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R'-CH -OH
I
R'CONH-CH O
I
CH,-0-P-0X

I
OH OX

1.CH 2CHzl\I(CH 3 )3 — cunromuenunsl (CM)

2. IHO3MTHATIUKO3U = (DUTOCHHUHTOIMITHIBI

Puc. 1.4. Chunrodochonummmpt

HaubGonee mpocras popma dochormuiepuaoB — hochaTuaI0BbIe KHUCIOTHI
(bochomonoapuper  muarnmTMiieprHa). OctaTok (HOochaTHIOBON KHCIOTHI
(pochaTuamir) MoxeT 00pa3OBBIBATH CIIOKHOAI(PHUPHYIO CBSI3b C KHCIOPOJIOM
TUAPOKCUIIBHBIX TPYII aMUHOCITUPTOB (XOJWH, STAHOJIAMHUH WM CEPUH) WU
NOJIUCTIUPTOB (MUOMHO3UT). [Ipy B3aMMOeHCTBUU C TIIUIIEPUHOM JIBYX OCTAT-
KOB (ocdaTuaoBON KHUCIOTHI oOpasyeTcs: audochaTuIuIrauiuepu (Kapauo-
aunuH) — Gochoaunu BHyTPEHHUX MeMOpaH MUTOXOoHaApuit. JInzodochonu-
nuel 00pasyroTes u3 hocdaruioBoil KUCIOTH MPU OTHICTVIEHUA OJHOTO M3
aIWIbHBIX O0CTaTKOB. OHU MPUCYTCTBYIOT, HAIIPUMED, B MUYEIUHOM U 3MEUHOM
Anax.

Churaromumuap! B 0OJIBIIOM KOJIWYECTBE MPHUCYTCTBYIOT B MEMOpaHax Kie-
TOK HEepBHOU TKaHU. [Ipon3BoaHbIE CHUHTO3MHA, AIMIIMPOBAHHOTO 1O aMHUHO-
TPYIIIEe OCTAaTKaMH KUPHBIX KUCJIOT, HA3BIBAIOTCS IIEPAMHIAMH.

['muxonunuael (puc. 1.5) — munuabl, coaepkaliue KUpHbIE KUCIOTHI, TJIH-
IepyH WM CHUHTO3UH M YTIIEBOIHBIM KOMIIOHEHT. Yale BCero B TIIMKOJIUIIH-
Jlax MpUCYTCTBYIOT D-ranakrosa, D-Tir0K03a, ypOHOBBIE KUCIIOTHI.

I rRC00-CH,
R'COO-CH
(IjHZO — YIIeBOA(MOHO-, M- HITH TPHCAXapHI)
i R'-CH - OH
R'CONH-CH
CH, - 0-X

1.MoHnocaxapun — 1epedpo3u bl
2.0nurocaxapui — TaHTTHO3HIEI

Puc. 1.5. I'mukoanmu bl
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['MuKonuMnuAbl MHUPOKO PaCHpOCTPAHEHBbI B PACTEHUSX, KUBOTHBIX U MHUK-
poopranu3Max. bosbiioe KoiIMuecTBO MX HAXOJUTCS B HAPYKHOM JIMITHIHOM
MOHOCJIO€ MJIa3MaTHYECKUX MEMOpaH.

['mukomunuasl (cM. puc. 1.5) MOKHO pa3ieauTh Ha TIUUEPUHTIUKOIUINIbI
() m chuaTOrIMKOTUIIIABI (1IepeOpo3uabl i ranrarno3uabl) (11).

LlepeOpo3uibl coaepkarcs B TKAHSAX YEJIOBEKA, )KUBOTHBIX U BBICIIUX pac-
TeHnid. K HamOosee nmpocThIM MPEACTaBUTENSIM LIEPEOPO3UI0B OTHOCSITCS Ta-
JAKTO3WILEPaMU U TITFOKO3WILIEPaMU/I.

["aHrnmo3uapl MHUPOKO PaCHpOCTPAHEHBI B TKAaHAX JKUBOTHBIX. Pacnosara-
IOTCS B OCHOBHOM B IJIJa3MaTHYECKUX MeMOpaHaX KJIETOK, y4acTBYIOT B IpO-
[eccax peryyisiui pocTa U aAre3uu KIETOK, MEXKIETOUHbIX B3aUMOJECHCTBU-
X, IMMYHHBIX TIPOLIECCax.

K muonpupiM nunuaam (3upaM MOIOB) OTHOCSTCS JUNOQPUIbHBIC Bellle-
CTBA, SBJIIFOLIMECS MPOU3BOJHBIMU JTWIECH- U MHPONWICHIIMKOJIECH, a TaKXKe
POJICTBEHHBIX UM JIMOJIOB U UMEIOIIKE OOIIYIO CTPYKTYPHYIO (OpMYyILy:

R'OCH,(CH,),CH,OR" (n=0,1,2,3,4).

O¢dupsl 1UOJIOB MPUCYTCTBYIOT B COCTABE JUMUAOB MOPCKHUX OpPraHU3MOB,
OOHapy>KeHbl B TKaHAX MJICKOIMTAIONIMX, CEMEHAX PACTEHUH U MUKpPOOpra-
HU3Max. [[nosibHbIE JTUMUABI B )KUBBIX CUCTEMAaX COJIEPKATCS B MAJIBIX KOJIUYE-
ctBax. [Ipu ycunennoi nponudepaiuu KIeTok (pereHepupyroias Ie4eHb, pak
MEYEHU, CO3PEBAIOIINE CEMEHA PACTCHUHN U Jp.) COACPKAHUE JUOJIBHBIX JIUITH-
0B Bo3pactaer. K CHOXHBIM JUNUIAM TaKKe€ OTHOCITCS CYJIb(QOIUNuabl U
aMUHOJUMUIBI. K KaTeropuu CioXHBIX JTUMU0B OTHOCST U JTUMOTIPOTEHHBI.

1.1.3. MNpeaLwecTBEeHHMKN N NPOU3BOAHBbIE NUNUAOB

K mpenmmecTBeHHUKaM ¥ MPOU3BOJIHBIM JIMIHUIO0B OTHOCST >KMPHBIE KHUCIIO-
ThI, OKCHJIMIIMHBI, )KUPOPACTBOPUMBIC BUTAMUHBI, TOPMOHBI, TJIMIIEPUH U APY-
THC CIIUPTHI, aJTbJCTHIBI )KUPHBIX KUCIIOT U JIp.

JKuipHble KMCIIOTHI MPEACTaBISIIOT cOO0M anudaTuiyeckie MOHOKapOOHOBBIE
KHUCJIOTHI, COJIepkKallue B yIieBOJIOPOJIHON LIETH JIBa U 00Jiee aTOMOB YIJIEpO-
na. JKupHble KUCIIOTHI, MOJIEKYJIBI KOTOPBIX coaep:kat Oosee 10 aToMOB yriie-
poJia, HA3BIBAIOT BHICIIMMH KUPHBIMHA KHUCJIIOTAMHU.

JKupHbie KUCIOTHI, KaK MPABHUIIO, MPUCYTCTBYIOT B JKMBBIX OpPTaHU3Max B
BUJIC CJIOKHBIX d(PUPOB C TIUIEPUHOM, CPUHTO3MHOM, XosiecTtepuHOM. CBO-
O0JHBIC KUPHBIE KUCIOTHI B OPTaHU3ME COJIEPKATCS B HEOOJBITUX KOJIUYECT-
Bax.

O6mas popmyna kapoonoBeix kuciot: R—COOH, roe R — yrmeBogopon-
HBIM 3aMeCTUTENh. B 3aBUCMMOCTH OT TPUPOABI PaJuKaia, CBSI3aHHOTO C Kap-
OOKCWJIBHOW TPYIIIIOH, KUPHBIE KUCIOTHI MOTYT OBITH MpEAeTbHBIMH (HACHI-
IIEHHBIMU) WJIM HEMpeeabHbIMU (HEHACHIIIIEHHBIMU). YTJIEBOAOPOAHAS 1ICTIh
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SIBJISIETCS HACBIIICHHOM, €ClIM B HEM MPUCYTCTBYIOT TOJIbKO ofuHapHbie C—C-
CBSI3H, JINOO HEHACBIIICHHOM, €CJIM MMEESTCsl OJHa Wiau Oojiee nBoiiHBIX C=C-
cBs3eid. [lo cTeneHn HEHACHIIICHHOCTH KUPHBIE KUCIOTHI MOJPA3ACNISIOT Ha
HACHIIIICHHBIE, MOHOHCHACHIIICHHBIC (MOHOCHOBBIC) M TOJMHCHACHIIICHHBIC
(monueHoBbie). B 3aBUCMMOCTH OT yuca ABOMHBIX CBA3EH paziinyarOT MOHO-,
-, TpU-, TETPa-, IEHTa-, TCKCA€HOBBIC JKUPHBIC KUCITOTHI.

Ha3Banus m kimaccuukaius XUPHBIX KACIOT OCHOBAaHBI Ha Y4YETE YHCIIa
aTOMOB yTJIEPOJa B MOJIEKYJIE UCXOIHOTO YTJIEBOIOPO/A, MPOU3BOIHBIM KOTO-
poro SBIISAETCS KUPHAsI KUCIoTa. CHCTEMaTHYeCKOe HAa3BaHUE KUPHBIX KHUCIIOT
oOpa3zyeTcst myTeM 100aBJIeHUS K Ha3BaHUIO COOTBETCTBYIOIIETO YTIIEBOI0POIa
OKOHYAHUA «-068asy». Ha3zBaHUs HACBIIICHHBIX XKUPHBIX KHUCIOT OKAaHYHUBAOTCS
Ha «-aHoeasy (HaNpUMEp, OKTAHOBAas), a HEHACHIIICHHBIX JKUPHBIX KUCIOT —
Ha «-eHosasy (HarpuMep, OKTaIeIICHOBAas).

B nureparype BMECTO CHCTEMATHYECKUX HAa3BAaHUM IMIUPOKO MCIOIB3YIOTCS
TpUBHAIbHBIC Ha3BaHMWA. Hampumep, rekcajaekaHoBas KHCIOTa, COJep Kalas
16 aTomMOB yriaepoja, W3BeCTHA I0J] Ha3BaHHEM «IIAJIbMUTHHOBAS», a OKTaJe-
KaHOBas KUCJIOTA — MOJ HAa3BaHUEM «CTCAPUHOBAS.

ATOMBI yTieposia B MOJIEKyJIaX *KUPHBIX KHUCJIOT HYMEPYIOTCS, HAUMHAS C
atoma yriepona kapookcuiabHOU rpymmsl (—COOH) (puc. 1.6). Ilupoko uc-
MIOJIB3YETCSI CHCTEMa KPaTKOTO 0003HAYEHUS KUPHBIX KACIOT «N : My, Tae N —
YUCJIO aTOMOB YTJIEPOJia B MOJICKYJIC KHPHOW KHUCIOTHI (BKIIOUYAs YTIEPOT
KapOOKCHJIBHOM TpyMIibl), a M — KOJIMYECTBO ABOMHBIX cBs3eil. Hampumep,
0003Ha4YeHUE NAJIbMUTUHOBOM KUCIOTHI — 16 : 0, 0JIEMHOBOM KHCIOTHI — 18 : 1,
apaxuaoHoBoM kuciaotel — 20 : 4.

MerunbHas KapOoxkcunpHas
rpyrmnmna rpymmna
CH;— CH— CHp ——-- CH= CH - CH, - CH,— COOH
n n-1 -2 eeeeeinenns 5 4 3 2 1

Hymepanus atomoB yriaepona
Puc. 1.6. Cxema kpaTkoro 0003Ha4€HUS )KUPHBIX KUCIIOT

JIJis HaCBIIIEHHBIX JKUPHBIX KUCIOT KpaTKas ¢opMa OMUCHIBAET CTPYKTYPY
MOJIHOCTBIO. JIJI1 HEHACBIIIEHHBIX KUPHBIX KUCIOT TpeOyeTcsl yKa3aHue MoJio-
KEHHS TBOMHBIX CBsi3ed U nX KoHpurypamuu. Kpatkoe 0603HaueHNE KUPHBIX
KHCJIOT C YYETOM IOJIOKEHUS ABOMHBIX CBsI3el uMmeeT BU «N : M(Aa,b,C)» unu
«n : mA*™%, e a, b, ¢ — HOMep mepBOro aToma yriepo/a, OTCYUTHIBAEMbIii OT
KapOOKCUIIBHOM TPYyMMbl, JUIsl KaKI0M ABOMHON cBsizu (cM. puc. 1.6). Hanpu-
Mep, o6o3Hadenns 18 : 2(A9,12) wm 18 : 2 A*'? otHOCATCS K IMHONEBOH KH-
CJIOTE.

[Ipumensiercs emie oAMH CIOCOO0 KPaTKOro 0003HAYEHUS KUPHBIX KHUCIOT C
YYETOM IIOJIOKEHUSI KaXIOM [BOMHOM CBS3HM, MCIIOJB3YIOLIUNA HyMEpPaLUIO
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aTOMOB yTJiepofa He OT KapOOKCHJIBHOW TPYMIbBI, & OT MPOTHBOIOJIOKHOTO
KOHIIa — TaK Ha3bIBaeMoOe «oMera-ooo3Hauenue» (puc. 1.7).

MeTunbHas KapOoxcunbHnas
rpynmna rpynmna
CH;= CH;—= CH= CH ----- CH,- CH, = CH,= COOH
1 2 3 I n-3 n-2 n-1 n
Hymepanus aToMoB yriieposaa i
ol 2 ®3 161 S Y B (Ix

® — 0003HaUEHHE YTIIIEPOIHBIX aTOMOB

Puc. 1.7. Cxema «oMera-0003HaYCHUS» KUPHBIX KUCIOT

VYrinepoaHblii aToM KapOOKCWJIBHOW TpyIIbl HEe Hymepyetcs. [lepBbie He-
CKOJIbKO aTOMOB yTJiepoja, HauMHas C aToMma yriepoja NEPBOM METHUIECHOBOM
IPYIIBI CO CTOPOHBI KUCIOTHOTO OCTAaTKa, 0003HAYAIOTCA IPEUECKUMU OyKBa-
MU o, 3, V,.... ATOM yriiepoja METUIILHOM IpYIbl 0003HaYaeTcsl Kak 1 (uiu
®—1), aToM yriaepojia mepBoii METUJICHOBOW TPYMIBl Y «METHUIHLHOTO» KOHIIA
o0o3HavaeTcs Kak ®2 (wim ®—2) u T. 1. Takum 00pa3om, kpaTkoe 0003HAUECHUE
KUPHOU KUCIOTHI UMEET BUJ «N : M(®X)» Win «N : M(®—X)», Tae x — HOMEp
MIEPBOTO aToMa yIJIepoJa IABOWHOM CBSI3M, OTCUMTAHHBIA OT «METUJIBHOTO»
KOHIIA JKUPHOW KUCJIOTBHI.

Hanpuwmep, 18 : 1(0—9) wm 18 : 109 — 0603HaUCHNE OJIEHHOBOM KUCIIOTHI.
MoXHO BCTPETUTHh KPATKYIO 3alUCh JJII CUCTEMBI «OMera-o003HauYeHUs», KO-
I7la CHMBOJI «®» 3aMEHSIETCSl CUMBOJIOM «N». B 3TOM ciydae kpaTkoe 0003Ha-
YCHHE JKUPHOM KUCJIOTHI OyeT uMeTh BUa «N:M(N—X)» (Hampumep, 18 : 1(n-9)
wi 18 : 1n-9). Ilpu Hanmuuum B cocTaBe MOJIEKYJIbl HECKOJIBKUX JTBOMHBIX CBSI-
3e yKa3bIBaeTCsl TOJIOKEHHE TBOWHOM CBSI3M, ONIDKaMIIed K «METUIHLHOMY»
KOHIY KUPHOW KUCJIOTHI. [10710%K€HNEe OCTaIbHBIX NBOMHBIX CBSI3EH HE YKA3bI-
BAETCS, TAK KaK OHHM PACIIOJIOKEHBI MOCJIEIOBATENBHO APYT 3a APYrOM uepes
nBe oaMHapHbie cBs3u. Hampumep, 18 : 3(n-3), wam 18 : 3n-3, wiu 18 : 3w3,
win 18 : 3(m—3) — 0003HaUEHUST JTUHOJICHOBOW KHUCIIOTHI.

HeHachblllleHHbIE KUPHBIE KUCIOTHI MOTYT COJAEpPKaTh JABONHBIE CBSI3U B
yuc- Wi mpaunc-koHpurypanuu. [IpakTuyecku Bce KUPHBIE KUCIOTHI COAEP-
JKaT JIBOWHBIC CBSI3M TOJIBKO B yuc-KoHpuUrypauuu. ToJlbko HEOOJbIIOE KO-
YECTBO KUPHBIX KUCIOT UMEIT mpanc-KoHpurypanuto. [Ipu kpaTtkoit 3anucu
JKUPHOW KHUCIOTHI KOH(UTypalus, KaK MPaBUJIO, YKa3bIBACTCS MPUCTABKAMHU
«CiS» u «transy, mubo nepBbIMH OykBaMu «C» U «t». Hampumep, aiis JmHOE-
BOI KHCJIOTHI UCHIOJIB3yeTcs o0o3HaueHue 18 : 2 CiSA9,12, nis 31auInHOBOM —
18 : 1 transA9.

[lepeuenbp HamboJiee PacCHPOCTPAHEHHBIX KUPHBIX KUCIOT TMPEICTABICH B
Tabun. 1.1.
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Tabnuya 1.1
HexoTopbie Hanbo0/1ee pacnpocTpaHeHHbIE ;KUPHbIE KHCJIOTHI

Hazpanue Hazganue Kpartkoe MonekynsipHas
(TpuBHANBHOE) (cucteMaTHUeCKOe) 0003HaYeHNE dbopmyna
HacplinmeHHble JKHPHbIe KHCJIOThI
Macnsnas OyTaHoBast 4:0 CH3(CH;),—COOH
Kamponosas TEeKCaHOBAad 6:0 CH3(CH,),~COOH
KamnpuoBast OKTaHOBAas 8:0 CH3(CH;)s—COOH
Kamnpunosas JIEKaHOBAad 10:0 CH3(CH,)s—COOH
JlaypuHoBast JIOJIEKAHOBAst 12:0 CH3(CH;)10-COOH
MupucTHHOBasK TETpaeKaHOBasI 14:0 CH3(CH3)1,-COOH
[ManeMuTHHOBAS TreKCaIeKaHOBAs 16:0 CH3(CH3)14—COOH
CreapuHoBas OKTAaJE€KaHOBAas 18:0 CH3(CH;)16—COOH
ApaxuHOBas 3UKO3aHOBAs 20:0 CH3(CH3)15-COOH
Berenosas JIOKO3aHOBAas 22:0 CH3(CH;)20—COOH
JlurHouepuHoBas TEeTpaKO3aHOBas 24:0 CH3(CH3),.—-COOH
I{epoToBas FEeKCaK03aHOBas 26:0 CH3(CH;),.—COOH
MoHO€eHOBBI€ JKHPHbIE€ KHCIOThI
[TaneMuTOICHHOBAS cis-9- 16:1cisA9 | CH3(CH,)sCH=CH-
reKCaJIel|eHOBAas wm 16 : lo7 | (CH,);—COOH
OustenHOBas cis-9- 18 : 1 cisA9 CHj3(CH,);CH=CH-
OKTaJELIEHOBAs (CH,);—COOH
BaxkuenoBast cis-11- 18: 1cisAl1 | CH3—(CH,)s—CH=CH-
OKTaIeLIEHOBas (CH)o—COOH
IToJineHOBBIE JKHPHbIE KHCJIOThI
JIn"onesas cis-9,cis-12- 18: 2 cisA9,12 | CH3(CH,);CH=CHCH,—
OKTaJeKaaueHO- CH=CH(CH,);—COOH
Bas
JInnoneHoBas cis-9,cis-12,cis- 18:3 CH3;CH,CH=CHCH,—
15-okTagekaTpu- CisA9,12,15 CH=CHCH,CH=CH-
eHOBas (CH2);—COOH
ApaxunoHoBas 5,8,11,14- 20:4 CH3(CH3)4(CH=CHCH)3
siiko3areTpa- A5,8,11,14 —CH=CH(CH,);—COOH
€HOBas

Yaiie Bcero B HUBbIX OpraHM3Max BCTPEYAIOTCS NJIMHHOLEMOYEYHBIE KUP-
HbI€ KUCJIOTHI C YETHBIM YHCIIOM aTOMOB yTJIEpo/ia.

[TonrHeHaChIIEHHbIE KUPHBIE KHUCIOThl HE CUHTE3UPYIOTCS B OpraHU3Me
HKUBOTHBIX. OHU OTHOCSITCS K HE3aMEHHMbBIM >KUPHBIM KHUCIIOTaM U SIBJISIOTCS
BKHBIMU COCTaBJISIOIIMMUA MEMOpaHHBIX (HOCPOJMIUIOB U MPEIIIECTBEHHU-
KaMH OKCHJIUITHHOB.

K okcununuHam OTHOCAT COEAMHEHUS, 0Opa3yIOLIUecs MPU OKCUIAINH TT0-
JIMHEHACBIIEHHBIX KUPHBIX KHACIOT. OCHOBHBIMU OKCHJIMIIMHAMHU SIBJISIFOTCS
siiko3aHOMIBl. B 3aBHUCHMOCTH OT MexaHu3Ma 0oOpa30oBaHHS BBIIEISIOT MPO-
CTarjgaHIuHbl, TPOMOOKCAHBI, MPOCTALMKIWHBI, OKCH- U MEPOKCUKHUCIOTHI,
JEUKOTPUEHBI, TUIOKCUHBI U Ap. OrpOMHBIN UHTEPEC K SMKO3aHOUIaM CBSI3aH
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C MX HEOOBIYAaiHO BHICOKOH OMOJIOTHYCSCKOMU AKTUBHOCTBIO, UX IIPAMBIM HJIN
OINIOCPCAOBAHHLIM Y4aCTHEM BO MHOI'HX (I)I/IBI/IOJIOFI/I‘IGCKI/IX Imponeccax.

1.2. PUSUKO-XUMUYECKUE CBOUCTBA NUNnaoB

Jlunuasl B COOTBETCTBUU C OCOOCHHOCTSIMU CTPOEHUSI MOTYT OBITH pasje-
JICHBI HA HETIOJISIpHBIE U TOJIsApHBIe. K HEMONMSPHBIM JTUMUAAM OTHOCATCS TPUT-
JUIEPUIBI, BOCKH, 3QUpbI cTeprUHOB U Jip. OHU NMPAKTHUUECKH HEPACTBOPUMBI B
BOJIC.

Mostekybl TIOJISIPHBIX JIMMMHAIOB — aM(pUIATHYCCKUE CTPYKTYPHI, MPOSB-
Jstoye Kak ruapodoOHble, Tak U ruapoduibHbie cBolicTBa (puc. 1.8). Jlnmua-
HOTICTIOUEYHBIC aTu(aTUIECKUE 3aMECTUTENH («XBOCTBI») 00ECTICUNBAIOT HE-
MOJISIPHBIN XapaKTep YacTH MOJIEKYJIbI, @ OCTaJIbHAs YacTh («TOJIOBAY) SBIISICTCS
MOJISIPHOW WJIM UMEET JICKTPUUECKUAN 3apsil.

['onoBHas rpynmna (X)

Pocdar

[HZC—CH — CH,J I'muuepuHOBBIM OCTOB
| [
00

f'¢=o ¢=0)

Gt G

CHy  CHp

CH, CH,

CHy  CHy

T (o

CHy  CHy

(EH CI'Hz yFJ‘[GBOILOpOI[HbIe XBOCTBI
CH (|in

CHy  CHy

o (o

et

CH, CH,

Cl, c::H2

T (o

GH,  CHy

CHy; CHj

— 6

Puc. 1.8. Ctpykrypa (a) 1 cxemaTndeckoe u3oopaxenue (0)
MOJIEKYJIbI (hoCchaTHIUITXOTIHA

B 1abn. 1.2 nmpuBeneHsl JaHHBIE, XapaKTEPUIYIOUIUE JIEKTPUUECKUI 3apsij
rOJIOBHOM YacTH HEKOTOPBIX MEMOPAHHBIX JTUIUIOB.
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[Tpu GU3HONIOTHYECKUX YCTOBHSIX TOJIOBHBIC YACTH JIMITUTHBIX MOJICKYIT SIB-
JSOTCSL MO0 OTpHUIIATENIbHO 3apsbkeHHBIMU (ochaTuauncepun, pochatuau-
JMHO3HT, KapAUOJIHUIHH), OO0 3JIEKTPOHEHTPAaTbHBIMHA (HAaXOAATCS B (opme
[BUTTEPUOHOB — COJIEPKAT OTPULIATEIbHBIN U MOJIOXKUTEIbHBIN 3apsaabl) (doc-
daTuaunxonus, GochaTuInIITAHOIAMUH, COUHTOMHUEIINH ).

Tabnuya 1.2
DJIeKTPpUYeCKHH 3apsi/l FOJIOBHOM 4acTH MeMOPAHHBIX JTUIH/I0B
I'onoBHas rpymma 3apsia TOJTOBHOM 3apsna pocharnoit CymMapHBIii 3apsiz
(X) TPYIIIBI TPyIIBI TOJIOBHOHM YacCTH MOJIEKYIIBI
XoauH + — 0
DTaHOJIaMUH + — 0
Cepun +,— — —
Nuozut 0 — —
['munepun 0 - -

B dbochonunumax memOpaH 4UCIO YyriaepOIHBIX aTOMOB B YIJIEBOJAOPOIHBIX
XBOCTax BapbupyeT oT 14 no 24. Yanie BCero oAMH U3 XBOCTOB COAEPKUT OJIHY
uinu Oosiee JBOMHBIX cBsizei. Kak mpaBwiio, 3aMelienre B moJioxkenuu Sn-C-1
TIIMIEPUHOBOTO OCTaTKA OCYIIECTBISIETCS HACBHIIICHHBIMU KUPHBIMU KHCIIOTa-
MU, B TO BpEMsI KaK KUPHOKHUCIIOTHBIE LIETIH, UMEIOIINE HEHACHIIICHHBIE CBA3H,
NPUCOCTUHSIIOTCS K LEHTPaJIbHOMY YIJIEpOJHOMY atomy (mosuims Sn-C-2).
Hanuurie n1BOMHOM CBSI3U B yuc-KOHPUTYpAIIMU TPUBOIUT K U3JIOMY YTIIEBOIO-
poaHoil nenu. Uem JAJIMHHEE YIIIE€BOAOPOAHBIE 3aMECTUTENH, TEM JUIMHHEE HE-
MOJISIPHAS. YaCTh MOJIEKYJIbI JIUIHIA.

Kak Bumno u3 puc. 1.8, dbochonmunumapie MOJEKYJIbl UMEIOT BBITIHYTYIO
dopmy. [Ipu paccmorpenuun Hopmbl TUMUIHBIX MOJIEKYJI UMEIOT B BUIY <«A(-
(EeKTUBHYIO MOJIEKYJIAPHYIO (DOPMY», KOTOpas OMPEAeIIeTCs] TeOMETPUY €CKOM
dbopmoii MoaenbHOTO Tena. Monekyna Tunuaa B 3aBUCUMOCTH OT XUMHYECKOTO
CTPOCHHMS TOJIOBHOM TPYIIbI, 3apsa, KOJIUUECTBA U JJIMHBI YTIIEBOIOPOIHBIX
XBOCTOB, CTEMEHU MX HEHACHIIEHHOCTH, KOH(GUTYpAIIUU MOXKET ObITh CMOJIE-
JUpOBaHa TeJlaMU Pa3IMYHON reomeTpudeckoi popmsl (puc. 1.9).

/_‘\/_S”
A

a 6 6

Puc. 1.9. T'eomerpuueckasi popma JIUMUAHBIX MOJIEKYI:
a — UWIHMHAP; 6 — YCEeUEHHbIH KOHYC; 6 — MHBEPTUPOBAHHBIA KOHYC
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KonuuectBeHHbIN mapameTp P, xapakTtepusyronui GopMy JUMUIHOW MO-
JIEKYJIbl, MOKET OBITh OIPECIICH CIAEAYIOIUM 00pa3oM

v
P=— (1.1)

S, L
rac V — 00BeM MOJICKYJIHI, paCC‘II/ITaHHHﬁ KaKk 00beM MOICJIBHOTO T'COMCTPHU-
YCCKOIro Teia, So — Iom@ajab IIOBCPXHOCTHU, 3aHUMACMasl HOJ'ISIpHOﬁ FOHOBOfI,

L — nmuHa MOJEKYJIbL.

Jlis Monekysbl HuIMHApHUecKoi ¢opmel (puc. 1.9, a) mapamerp Gopmbl
P =1 (manpumep, monekyna gocharuaunxonuna). Ecomu P > 1, To Monexyna
XapaKTepu3yeTcss KOHMYECKo (opMoid, mpUYeM IUJIOma b, 3aHUMaeMasl Io-
JISIPHOM TOJIOBOM, MEHBIIIE TUIONIAIA MOMEPEYHOr0 CeUeHUs THIpoPoOHOMN yac-
td (puc. 1.9, 6) (manmpumep, Mosekyna hocharuaumdTanonamuna). Eciom P < 1,
TO MOJIEKYJIa TaKXKe XapakTepusyercs KoHuueckou ¢opmont (puc. 1.9, ), HO
IUIONIA/lb, 3aHMMaeMasi MOJIIPHOW TOJIOBOM, OOJbllle IJIOMAAN MOIEPEYHOTrO
ceueHus: TuaApodoOHON yacTu (Hampumep, MoJiekyia au3zodochaTuauaxonu-
Ha). Cnegyer OTMETUTh, YTO BeIMYMHA 3()PEKTUBHON IUIOIIAIN, 3aHUMAEMON
TOJIOBHOW YaCThIO MOJIEKYJIbI, YBEIMUYMBACTCS MPU HAIMYUH B HEH AJIEKTpUUe-
CKHUX 3apsJIOB.

JleiicTBre BHEMIHUX (DAKTOPOB MOXKET MPHUBECTH K MOAU(PHUKAIIUU TE€OMET-
pudeckoit GopMbl MOJIEKyIbl. Hanmprmep, MOBbIIIEHNE TeMIIEpaTyphl IPUBOIUT
K YBEJIMYEHHUIO TUJIOLIAU MOMEPEYHOro CeUYeHHsl ruapodoOHON JyacTu Oe3 3a-
METHOTO U3MEHEHHUS TJIOMIAY, 3aHUMAEMOM TOJISIPHOUN TOJIOBOM.

1.3. ACCOUUATDbI NIMNUAHBIX MOJIEKYJ

[TonsipHble AUMOUABI B BOJAHOM cpeie COCOOHBI (POPMUPOBATH HAMOJIEKY-
JSIpHBIE CTPYKTYpPbl: MOHOCJIOHM, MUUENIbI, OuCIou, Be3ukyisl (puc. 1.10).
Bxiian BO B3aMMOIEMCTBUE JIMIUAHBIX MOJIEKYJ IPYT C APYTOM U C MOJIEKYyJa-
MU BOJBI BHOCST 3JIEKTPOCTATUYECKUE B3aMMOJEHCTBYS (IIPU HAIMYUU 3apsa
Ha JIMIUIHOW MOJIeKyJie), B3auMojeiicTBus Ban-nep-Baanbca u BomopoaHbie
CBsI3U. YueT crepuueckux paxtopos (popma, pazMep JUMUIHBIX MOJIEKY) TO-
3BOJISIET YCTAHOBUTH KPUTEPUU (POPMHUPOBAHUS JIMIUAHBIX ACCOLIMATOB pas-
JMYHOIO THUIIA.

Paccmotpum ycnoBust popMupoBaHUS HAIMOJIEKYJISIPHBIX JUIHIHBIX acco-
IMATOB ONPENEIECHHOr0 TUMa ¢ y4yeToM 3(h(HEKTUBHON (POPMBI JIUITHUIHON MO-
nexynsl (puc. 1.11).

Cdepuueckass munesia (puc. 1.11, a). [lycts munenna cocrout uz N mMo-
aexyn aunuaa. Paguyc munemnsl R cooTBeTcTByeT qmHe Moiekyisl L. Cre-
JyeT OTMETHUTh, YTO JJIMHA MOJICKYJIbI 3aBUCUT OT KOH(UTYpaIlUU YTJICBOJIO-
POJHBIX 3aMeCTHTeNIel. B MOTHOCTHIO BEITSHYTOM COCTOSIHUM MOJIEKyia OyaeT
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XapaKTCPHU30BaATbCA MAKCUMAJIBHO BO3MO>KHOH ,[[JII/IHOﬁ I—max-

Puc. 1.10. Accouuarsl JIUIUIHBIX MOJIEKYJ: MOHOCIION (a); 6ucnoii (0);
chepuueckas Mureia (8); aCHMMETpUYHAS MHIICILIA (2); MHBEPTUPOBaHHAS
mutiesuia (0)

2L

Puc. 1.11. Monenu JTAMAAHBIX acCOIMATOB: cheprueckas Murieia (a);
WIMHAPUYECKas MuLesUIa (6); TUIOCKUH OucIoi (8)

O06BeM ceprueckoit MULIEIITBI paBeH

gﬁRg NV, (1.2)

rae V — o0beM MoJeKkyibl, R — paanyc MULIEIUTBI.
[1no1maae NOBEpXHOCTH MULEIIIBI paBHA
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AR =N-S,, (1.3)

rae S,— IUIOINAAb MOBEPXHOCTH, 3aHUMAaeMas IMOJIIPHOM TOJIOBOM JIMIUIHOM

MOJIEKYJIBL.
OTtHolIeHHEe 00BEMA MUICJUIBI K IIOMIAAN €€ ITIOBEPXHOCTHU PABHO
R V
3 S,
3V
R= S < L. (1.4)

0

CrnenoBatenbHO, yciaoBue (HOpMHpPOBaHUS CPEpUUECKOW MHUIIECIUTHI WMEET
BT

P= <=. (1.5)

Wik

v
L-S,

Hununapuyeckas muneanaa (puc. 1.11, 6). O0beM HMIMHAPUYECKON MU-
LEJUIbl PaBEH

mR*-d=N-V, (1.6)
rae V — 00beM MoJieKydIbl, R — paguyc munesuisl, d — JJIMHA MIMHAPUYCCKOM
MHULEIUIBL.

Onpenenum 11013 1b 00KOBOM MOBEPXHOCTU HIWJIMHAPUYECKON MULIEILIIBI

2tR-d=N-S,. (1.7)

[Tnomanapl0 OCHOBAaHMM HMMJIMHAPUYSCKON MUIICIUTBI MOXKHO TpeHeOpedb, T.K.
OHa MHOT'O MCHBIIIC TUIOMIAI OOKOBOM MTOBEPXHOCTH.

OrtHomenne oobeMa MUICJUIBI K IIIOMAAN €€ ITOBEPXHOCTHU PABHO

R_V
2 S,
R=2 <L, (L8)
SO
VYciosue GopMUPOBAHHUS IUIMHAPUIECKON MUIIEIUIBI UMEET BU/
lop_ vV 1 (1.9)
3 L.S, ~2

Inockuii 6ucnoii (puc. 1.11, 8). Ilnockyro OucIoOlHYIO CTPYKTYpy oOpa-
3YIOT JIBA MOHOCJIOSI JIMITUTHBIX MOJIEKYJ, KaXIbld U3 KOTOPHIX XapaKTepU3y-
€TCsl TUTOIIA/IbI0 TTOBEPXHOCTH S U JTTMHOM MOJIEKYI L.
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OOBeM JTUNUIHOTO OUCTION paBeH
S-2L=N-V, (1.10)

rae V — o0beM MOJEKYJbI, S— IUIONIalb MMOBEPXHOCTH MOHOCHOS, L — mimnHa
JUNUAHOW MOJEeKynbl, N — KOJMMYECTBO JUMUAHBIX MOJIEKYJ, 0Opa3yroIIuX
OHCIIOM.

[T0maas TOBEPXHOCTH OHUCITION OMPEACISICTCS KakK

2S=N-S,, (1.11)

rae S,— IUIOIIAJb MOBEPXHOCTH, 3aHUMAaeMas IOJIPHOM TOJIOBOM JIMIUIHOM
MOJIEKYJIBI.

Otromenne oOvema Oucios (1.10) k miomamam ero moBepxHocTr (1.11)
paBHSETCS

L= \S/— <L.. (1.12)

0
YcnoBue popMupoBanust OUCIOSI UMEET BU/T

1pV 4 (1.13)
2 LS

0

Hanuuue B 6ucioe cMmeced JIMOUAHBIX MOJIEKYJ C Pa3IMUHON IIJIONMIA/IbIO U
BEJIMYMHOM 3apsifia MOJAPHOW TOJIOBBI, JJIWHOW YIJIIEBOJIOPOAHBIX 3aMECTHUTE-
JIeH, CTENEHbIO UX HEHACBHIIIEHHOCTH MPUBOJMUT K BO3SHUKHOBEHHUIO HEOJHO-
POJHOCTEN CTPYKTYPbI OUCIIOS.

1.4. TEPMOOUHAMUKA ®OPMUPOBAHUA U
CBOUCTBA NMUNMNOHbLIX ACCOLMATOB

B3aumoeiicTBre TUMKUIOB C BOJION MPUBOJUT K CIIOHTAaHHOMY (hOpMHUPOBa-
HUIO JIMIIMIHBIX accoruaToB. DopMupoBaHUE JUMHUIHBIX aCCOLMATOB ONpee-
asiercst tuapodoOoHBIM 3P deKkToM (¢ yueToMm ctepuueckux gakropos). [Ipu mo-
CTOSIHHBIX JIABJICHHMHM W TEMIIEpaType JAaHHBIA IPOLECC XapaKTEpHU3yeTCs MU-
HUMU3AIMEN CBOOOHOM SHEPTUN CHCTEMBI.

['unpodoOHbIit AhHEeKT TPUBOAUT K MUHUMU3AIUU 00JIACTH KOHTAKTa yTJe-
BOJIOPOJHBIX 3aMECTUTENCH W MaKCUMHU3alMUK O0JAcTH KOHTAKTa TMOJISIPHBIX
rojoB aM(u(UIBLHBIX MOJEKYJ C BOJOW. DHEprus B3aUMOICHCTBHUS MEXKIY
MOJIEKYJIaMH BOJBI OOJbIIE, YEM SHEPTUs B3aUMOICHCTBHS MOJIEKYJ BOJIBI C
KUPHOKHUCIIOTHBIMU OCTaTKAMM JIMIMAHBIX MoJiekyhd. [loaTomy yriaeBomopon-
HbIE 1I€NU «BBITAIKUBAIOTCS» U3 BOAHOUW (ha3bl, YTO MPUBOJUT K MOHMKEHUIO
SHTANBNUKU cucTeMbl. KpoMe Toro, Bkiaa B M3MEHEHHE CBOOOAHOW 3HEPIHH
CUCTEMBI BHOCUT 3HTponuiHbl wieH (AG = AH —TAS). Bkiag B usmeHenue
SHTPOIMU CUCTEMBI MpHU nepexoae am(puPUIbHBIX MOJEKYI U3 BOJHOM Cpelbl
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B JIMITHTHBIA aCCOIMAT BHOCST Kak aM(pu(UIbHBIC MOJIEKYJIBI, TaK M BOJA.

Benmnuuny runpodo6Horo dpdekTa MOKHO ONPEACTUTh MO PA3IUUUI0 XH-
MHUYECKOT0 MOTEHIIMaIa HEMOJSIPHOTO BEIIECTBA B BOJAHON M YIII€BOIOPOIHON
dazax

n.—p, =RTINX,, (1.14)

rne W, — XMMHUYECKUI NOTEHIMA HENOJSPHOIO BEIIECTBA B YIVIEBOJOPOIHOM
daze, |, — XMMHUYECKUI MOTEHIMAJl HEMOJIIPHOIO BellecTBa B BOJHOU (ase,
X,, — KpUTHYECKasl KOHILIEHTpaLXs HEMOJSIPHOIO BEILECTBA B BOJHOMU (hase, BbI-

paXK€HHAasi B MOJIbHBIX JIOJISIX.

[Ipu onpeneneHnn U3MEHEHUs CBOOOIHOW 3HEPruu B mporuecce GopMupo-
BaHUSI MOJIEKYJISIPHBIX aCCOIMATOB MOJIEKYJI, COJEpKaIIuX MOHU3UPOBAHHBIE
IPYNIIBI, CIEAYET YUYUTHIBATH AJIEKTPOCTATUYECKOE B3aUMOJICUCTBHUE 3aPsKEH-
HBIX YaCTE€ MOJIEKYIL.

1.4.1. MoHocnon membpaHHbIX ¢hocchonmnuaos

MoOHOMOJNIEKYJISIPHBIN CJIOM (MOHOCIOM) — 3TO CJIOM BElIeCTBa TOJIIMHON B
OJIHY MOJIEKYJIy Ha MOBEPXHOCTH paznena ¢a3. MoHocoi, 00pa3oBaHHBIN TO-
BEPXHOCTHO-aKTUBHBIMU BELIECTBAMH, BO3HUKAET HA MOBEPXHOCTHU JKUJIKOCTH
B IIPOLIECCE aJICOPOIIHH.

Benuuuna ancopbuuu " onpenensieTcsi OTHOIIEHHUEM KOJIMYECTBA aJcopou-
POBAHHOTO BEHIECTBA N, BBIPAXKEHHOTO B MOJSIX, K IUIONIAAN MOBEPXHOCTHU S.
KonuyecTBeHHOE COOTHOIICHHE MEXKITY BEIMUMHOMN ajcopOiuu ' v n3MeHeHu-
€M MOBEPXHOCTHOTO HATSKEHUSI PU U3MEHEHUH KOHIIEHTpalMy pacTBOpa Oll-
penensiercsa ypaBuenueM ['muooca

C
RT

)
k. (1.15)

rae C — MoJisipHasi KOHIIEHTpAIlKs PaCTBOPEHHOIO BEIIECTBA, G — MOBEPXHOCT-
HOE HATSDKEHHE pacTBopa, I — Temreparypa, R — razoBast mocTossHHasL.

[TockonbKy TTOBEPXHOCTHOE HATSHKEHHUE MOXKET OBITh BBIPAXKEHO KaK CHIIA,
HaIlpaBJICHHAs! BJOJb MOBEPXHOCTU M MPUXOAIIASICS HA €AUHUILY JJIMHBI KOH-
Typa, OTPAaHUYUBAIOIIETO MOBEPXHOCTh, TO AG NPEACTABISAET BEIUUUHY JaBJie-
HUSI B TOBEPXHOCTHOM CJIOE T

c,—-C=Ac=T, (1.16)
TJIe G, — IOBEPXHOCTHOE HATSHKCHUE YUCTOTO PACTBOPHUTEIIS.

Ecin koHUeHTpauus BemiecTBa B IOBEPXHOCTHOM cioe C  mana
(puc. 1.12, a), To

s =nRT, (1.17)
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rae N — Yucio MoJjei afcopOMpOBaHHOIO BEIIECTBA B MOHOCJIOE, S — IUIOLIAIh
MOHOCJIOSI.

VYpaBuenue (1.17) — nByMepHbIil aHATIOT ypaBHEHUS! COCTOSIHUS UACAITBHOTO
ra3a. To ecTb, mpu OYEHb HU3KUX KOHIICHTPAIUSAX PACCTOSIHUE MEXKIY MOJIEKY-
JaMH CTOJIb BEJIMKO, YTO B3aMMOJCUCTBUEM MEXIy HUMH MOKHO MpeHeOpeub,
U MOJIEKYJIbI aJcOpOMPOBAHHOTO BEILIECTBA HAXOJATCSA B CIIOE B «ra3000pas-
HOM)» COCTOSTHHUH.

Ecnu yuecTts, 4TO MOJEKYIBI aCOPOMPOBAHHOTO BEIIECTBA B MOBEPXHOCT-

HOM CJIO€ 3aHUMAIOT ILIOINAAb S;, U MEXKAY HUMHU CYLICCTBYET B3aUMOJIEUCT-
a

BUE, IPUBOLAIICE K M3MEHCHHIO IIOBEPXHOCTHOIO JABJIEHUS HA BEIMYMHY —,
S

TO BBIPAKCHUC IIPUMCT BUI

NnRT a a
——; wm [T+—|S—§ =nRT (1.18)
s—s, S s

T =

— YpaBHEHUE COCTOSIHUS aJCOPOIMOHHOTO cJos (ypaBHeHUe DpymMKHUHA).

Puc. 1.12. CxemaTudeckoe U300pakxeHHe PacrloIoKEHHUsI MOJIEKYI TOBEPXHOCTHO-
aKTUBHBIX BELIECTB HA I'PAHULIE pa3jiesia «BOJa — BO3AYX»:
a — «ra3000pa3Hoey COCTOSHIE; O — KOHJCHCAIMS MOJIEKYI B CIIOE;
6 — COCTOSIHHE TIPEACIIbHOMN ajcopOnuu

[Ipu yBenm4eHUM KOHLIEHTPALUN YCHJIMBAKOLIEECS B3AUMOJCHCTBHE MEXKIY
a71copOMPOBaHHBIMU MOJIEKYJIaMH BBIHYK/IAa€T UX PacrojaraTbCs B CI0€ OIpe-
JeJIeHHBIM 00pa30oM (MoJsipHasi ToJIoBa B CTOPOHY MOJISIPHOM (pa3bl, a HEMOJIsAp-
HBIC XBOCTBI B MIPOTHBOIOJIOKHYIO cTOpoHY) (puc. 1.12, 6). Ilpu HackIeHuu
bopMHpyeTCs MOHOCJOWHASI CTPYKTypa U3 aJCOPOMPOBAHHBIX MOJIEKYJ, pac-
TIOJIOXKCHHBIX MPAKTUYCCKH TEPIICHANKYIIIPHO TUIOCKOCTH ciios (puc. 1.12, g).
Ecnu Bcs miiomags NOBEPXHOCTH 3aHATAa MOJIEKYJIaMH aJICOPOMPOBAHHOTO Be-
IIECTBA, TO BEJIMYMHA aJCOPOLIMM JOCTUTAET CBOETrO MPEAENIbHOrO (MaKCH-
MajibHOTr0) 3HaueHUS (['max). To ecTh, 00pazoBaHrEe MOHOMOJIEKYJISIPHBIX CII0EB
MO>KHO paccMaTpHUBaTh KaK CIIydail mpeenbHOl aacopOInu.
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3aBUCHUMOCTh MOBEPXHOCTHOI'O HATSHKEHUSI OT KOHUEHTPAIMU KUPHBIX KH-
CJIOT B BOJHBIX PacTBOpPaxX MOXKET OBbITh BBIpa)K€HA AMIIMPUUYECKUM ypaBHECHU-
eM [InmkoBCKOro

Ao =bln %+1 , (1.19)

rjae b u K — sMmupryeckre mocTosTHHBIC.

[ToctrossHHas b oxmHaKOBa MO BEMYWHE JIJI BCETO TOMOJIOTHYECKOTO Psjia
YKUPHBIX KHUCJIOT, B TO BpeMs KakK IMOCTOsiHHAs K m3meHseTcs (yMEHbIIAeTCs) B
3-3,5 pasa mpu U3MEHEHUH JJIMHBI yTaeBopopoaHoi e Ha CH,-rpymmy.

B ciryqae nmpemenbHON afcopOIMU MOKHO PacCUUTATh IUIOMAAb S,, IPUXO-
JATIYIOCS Ha 1 MOJIEKYITy >KHPHOW KUCJIOTBI B MOHOMOJICKYJISIPHOM cjioe (o1-
penensieTcs: TUIOMIAIbI0 TOJSPHONW ToJI0BBI). [Imomane MoIsSIpHON TONOBBI IS
BCEX YJICHOB TOMOJIOTHYHOTO Psijia YKUPHBIX KHCIOT OJMHAKOBA, YTO M OOBSIC-
HSET MOCTOSTHCTBO KOHCTAHTHI D B ypaBHeHUH [1IuImkoBcKoro

S =——
N,T

0™ max

(1.20)

rae N — uucio moxneid, N,— gmcino ABorampo.

MunuMaiabHas momaab, IpUuXoIAIIasaACda Ha OAHY MOJICKYIIY }I(HpHOﬁ KH-
2

(o]

CIOTHI, S, =21 A

N3mepenne 3aBUCUMOCTH IIOIIAIN MOHOCIIOS aJCOPOMPOBAHHBIX MOJIEKYJ

OT BEJIUYMHBI IOBEPXHOCTHOI'O JAABJIECHUS SIBIISIETCS OJHUM M3 BaXKHEMIINX Me-

TOJOB MCCIIEIOBAaHUSI COCTOSIHUSL MOJIEKYJI B MOHOCHIOsAX. M3MepeHne noBepx-

HOCTHOTO JABJICHHS MTPU YMEHBIIEHUH IJIOIIAU TOBEPXHOCTU B YCIOBUSAX I0-
CTOSIHCTBA TEMIIEPATYPbI MO3BOJSAET NOJIYUUTh T—S-U30TepMHI (puc. 1.13).

T,
oH/em

s A

Puc. 1.13. O6muit BUA T—S-U30TEPMbI

Ha yyacTke a MosieKyJbl aicCOPOMPOBAHHOIO BEUIECTBA HAXOASTCS B «Ta30-
oOpa3HOM» cocTosiHud. Ha aHHOM ydacTKe 3aBUCUMOCTb THIEpOOJIMYEcKast
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VY4acTok 6 xapakTepHu3yeTcsl MOCTOSHCTBOM TOBEPXHOCTHOT'O JIABJICHHSI U
YMEHBUIEHUY ILJIOIIAU MOBEPXHOCTHU (7T = CONSt ). YMeHbIlIeHNE IUIOIIAIN M0-
BEPXHOCTH MPUBOAUT K COJIKEHUIO aJCOPOMPOBAHHBIX MOJEKYNT W B3aHMO-
NEHCTBUEM MEXIY HUMU YK€ Helb3sl npeHeOpeub. B3anumonelicTBre MHUIMU-
pyer oOpa3oBaHHE arperaToB aJCOPOMPOBAHHBIX MOJEKYJ B IMOBEPXHOCTHOM
ClIo€.

[Tpu nanpHEWHIEM CXKAaTUM MOJIEKYJSIPHBIEC arperatbl CONMXKarTCs, U 00pa-
3yeTCsl HETPEPBIBHBIM MOHOMOJIEKYJISIPHBIN CJIOHN BEIIECTBAa HA NOBEPXHOCTH. B
JAHHOM CJIO€ MOJIEKYJIbl OPUEHTHPOBAHbI NEPIEHIUKYISIPHO MMOBEPXHOCTH U
MaKCHUMaJbHO cOMMKeHbI (yyacTok ). Ha kaxayro MoJeKkyly B ClIO€ IpHUXO-
IUTCA MUHMMAJIbHAS IIOMAb S, .

VY4acTok e XapakTepusyeT HapylleHUe OJHOPOJHOCTH MOHOCIHOS (KOJIIarc
CII091).

MOHOMOJNEKYJISIPHBIE CJIOM MOTYT HaXOAUTHCA B PA3IMYHOM arperaTHOM
COCTOSIHUM, KOTOPOE ONPEAEIACTCS CUIAMU, NEUCTBYIOIIMMHU MEXIY MOJIEKY-
JamMu B cioe. MOHOCIION MOXET OBITh B JKUJKOKPHUCTAIUTMYECKOM (3KHIKOM)
Wi TBEpIOM (TeneBoM) coctossHud. [Ipu m3MeHeHuu (PazoBOTO COCTOSHHUS
MOHOCJIIOS (HampuMep, P MEPEXO0JIE€ «Tellb — KUJIKUN KPUCTAILI») B 00JIACTH 6
M30TEPMBbI aJICOPOIIMU MOTYT HAOIIOAThCS TOMOJHUTEIbHBIE YYaCTKHU C U3ME-
HEHUEM XOJ1a KPUBOU T—S.

Temnepatypa (a3zoBoro mepexojia MOHOCJIOS U3 KHJIKOTO B TEIIEBOE CO-
CTOSTHUE 3aBUCUT OT XMMHUUYECKOTO COCTaBa JIMOUAOB. YBEIUYEHUE CTENEHU
HEHACBIIIEHHOCTH YTJIEBOJOPOAHBIX 3aMECTUTENE B MOJEKyJax JIMMUAOB
MPUBOJUT K «Pa3KIKEHUI0» MOHOCIHOS.

1.4.2. Mnuennoo6pa3soBaHue

Murnennoo0pa3oBanue TPEACTaBISCT IMPOIECC CaMOIPOM3BOJBLHONW acCo-
AU MOJIEKYJI TOBEPXHOCTHO-AKTUBHBIX BEIIECTB B pacTBOpe. B pe3ynprare
MHIICITTIO00pa30BaHNs BO3HUKAIOT MHIICIUIBI, COCTOSIIHUE U3 JCCATKOB MOJIC-
KyJ. Muriemra (ot jaT. mica — Kpolika, KpyIiHKa) — OT/IeJIbHAsl YaCTHIIA JUC-
MEPCHOW CUCTEMBI.

[Tpu Manoil KOHIUEHTPALMY JIUMUABI, SIBJIAIOIIAECS OBEPXHOCTHO-AKTUBHBI-
MU BEIECTBaMH, 00pa3yiOT B BOJI€ UCTUHHBIC PACTBOPHI. Y BEIMUYCHUE KOHIICH-
Tpalu PaCTBOPEHHBIX MOJIEKYJ BO3MOXHO A0 ONPEICICHHON KOHIIEHTPAIIWH,
IIpU KOTOPOU B PacTBOpE yxe 00pa3yroTCs MOJEKYJISIPHBIE acCOIMAThl MaJIOTO
pazmepa (mpeaaccoiuarsl), coaepkaniiue 3—5 MoJjieKys JunuaoB. JlanpHeliee
YBEIIMYCHNE KOHLEHTPALMU PACTBOPEHHBIX MOJICKYJ MPUBOJIUT K POCTY pas-
MEpOB acCOUMATOB (YBEJIMYMBAETCA YMCIO MOJIEKYN B acconuare). PocT acco-
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IIMATOB MPOUCXOJUT B JOCTATOYHO y3KOW 00JIACTH KOHIICHTpAIMii. 3aTeM IpH
JOCTH)KCHHUH OTPE/ICIICHHOM KOHIIEHTpAMH (KPUTHICCKON KOHIICHTPAIIUA MH-
11e/UT000pa30BaHMsI) YBEIMYCHUE Pa3MEpPOB acCOIMATOB MpeKpalraercs (JIaH-
HBIC aCCOIMATHI U MPECTABISAIOT COOOM MUIIEIUIBI) M JAIbHEHIIICE YBEITNICHHEC
KOHIICHTPAIIUU PACTBOPEHHBIX MOJICKYJI IPUBOJUT JIUITH K YBEITUYCHHUIO KOJIU-
yectBa munemn (puc. 1.14). Cuuraercs, 4To mocie AOCTHKEHUSI KPUTHUECKON

KOHLIEHTpauuu wmuiemiooopasoBanus (C,,) KOHLEHTpalMs HeacCOLUupo-

BaHHBIX JIMIIMAHBIX MOJICKYJI B CHCTCMC IIPAKTHYCCKH HC MCHACTCA, a HaJIb-
HEHniee YBCIIMYCHUC KOHICHTPAINH BCIICCTBA B CUCTCMC IIPHUBOJNUT K YBCIIN-
YCHHUIO KOHICHTPAIWKX MUIICJLII.

Puc. 1.14. Cxema popMuUpOBaHUS MULIEILIT

OKCIEPUMEHTAIBPHO KPUTHYECKYIO KOHIICHTPAIIUIO MHIIEIIIIO00pa30BaHUS
OTIPEMETSIOT 10 U3JIOMY KPUBOM 3aBUCHMOCTH CBOWCTBa PacTBOpa MOBEPXHO-
CTHO-aKTHBHOTO BelllecTBa (HAIpUMEP, TOBEPXHOCTHOTO HATSKEHUS, DIEKTPO-
MIPOBOJTHOCTH, BSI3KOCTH, CBETOPACCESHUS U JIp.) OT KOHIEHTPAIIMU BEIECTBA.
Jlst MeMOpaHHbIX (pochoaunuaoB KpuTHUYECKas KOHIIEHTPAIHs MUIIEII000pa-
30BaHMs XapaKTEPU3YeTCs OYEHb HU3KUM 3HA4YCHHEM (TOpsIKa 107 MOJIB/1T),
JUTSL O{HOLENIOYeYHBIX IUHA0B (mu3odochommmuas) — 10 '—10° momb/m.

KoHnieHTpaiuo MUIEIT B CUCTEME MOKHO PAacCUMTATh CIEAYIOIIMM o0pa-
30M

C.=(C—Cy)In, (1.21)

rne C — KOHIEHTpalys IOBEPXHOCTHO-aKTUBHOTI'O BelecTBa B cucreme, C,, —
KPUTHYECKAss KOHIIEHTPAIHS MUIIEIUI000pa3oBaHus (MOJIIpHAs), N — KOJTMIECT-
BO MOJIEKYJT TOBEPXHOCTHO-aKTHBHOT'O BEUIECTBA B MHIIEILIE.

BOmu3u kpuTHYECKO# KOHIICHTPAIIMK MUIIEIIIO00pa30BaHUs B BOJIHBIX pac-
TBOpax 00pa3yroTcs, KaK MpaBuio, chepuyeckre MHIICIUIBI, cofepkamme 50—
100 Monexyn mMOBEpXHOCTHO-AKTUBHOrO BellecTBa. [Ipy BEICOKUX KOHIIEHTpa-
UAX 00pa3zyroTcsl MUIMHAPUYECKUE W TUTACTMHYATHIS Muleiuibl. [Ipu odeHb
OOJBITIOM COJEP’)KAaHUM TTOBEPXHOCTHO-AaKTUBHOTO BEIIECTBA B CHCTEME MOTYT
00pa30BaThCs KUIKOKPUCTATUTMUYECKUE CTPYKTYPHI.

[Ipu KOHIEHTpaUSIX JHUMHAA B PACTBOPE, MPEBHIMIAIONUX KPUTUUYECKYIO
KOHIICHTPAIUIO MUIIEIUTIO00pa30BaHUs, MUIICIUTBI HAXOMSITCS B TEPMOIUHAMH-
YECKOM PaBHOBECHUHU C PACTBOPEHHBIMU JTUITUAHBIMHA MOJICKYyJIaMu. MexIy Mu-
I[EJUTAMH U PACTBOPOM MTPOMCXOMT ITOCTOSTHHBIA 0OMEH MOJICKYJIaMH JIMITH/IA.
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[Tpu ommcanuy mporecca MHUIEIIO00pa30BaHUS OOBIYHO HCIIONIB3YIOT JBa
MOJIX0/1a: KHHETHUECKUI U TepMOoIMHAMUYecKuii. B pamkax mepBoro moaxona
MPOIECC MHIIEIUI000pa30BaHMs paccMaTpUBaeTCs Kak oOpaTuMasi XUMUYEeCKas
peakiusi, B KOTOPOM MOHOMEpPHBIE MOJEKYIJbI (AB) 00pa3yroT MOIMMOJIEKY-
JSIpHYI0 (MHOTOMOJEKYJISIPHYIO) CTPYKTYpYy (MO aHajloruu ¢ 0Opa3oBaHHEM
oJIMMeEpa)

NAB= AB |, (1.22)

rae N — 4YuCciOo arperauuu (KOJUYECTBO MOJIEKYN MOBEPXHOCTHO-aKTHBHOTO
BEIIICCTBA B MUIIEILTIE).

K nanHOW peakiuu MOXET ObITh NIPUMEHEH 3aKOH JAECHCTBYIOIMIMX macc. B
TaKOM KBAa3UXUMUYECKOW MOJENU MPEAINOoJaraeTcsi, YTO BCE MHIICIUIBI UCH-
TUYHBI, T. €. COJEPKAT OMPEIETCHHOE MOCTOSIHHOE YUCIIO MOJIEKYJT HE3aBUCHU-
MO OT KOHIIEHTpAIIMK PacTBOpa U TeMmneparypbl. Mojienb M03BOJSIET MOIYYHUTh
3aBUCUMOCTh KOJUYECTBA MHUIIEIJI U HEACCOIMHUPOBAHHBIX MOJIEKYJI OT KOH-
[EHTpPAIMU TOBEPXHOCTHO-aKTUBHOTO BEIIECTBA B CUCTEME.

Kunetndeckue xapakTepUCTHUKU MPOIecca MUIEIO00Pa30BaHUS U3YUYCHBI
JKCIIepUMEHTAIBHO. Bpemena penakcamuu 10 °—10° ¢ xapakTepusyior mepe-
XOJIbl «HEACCOLIMUPOBaHHAsg MOJIEKyJla—Mulleiiay (ObicTpas peiakcanus), a
BPEMEHA PENaKCallii OT CEKYHJIBI 10 107 ¢ (MemteHHas penakcaius) CBA3aHbl
C UI3MEHEHHEM uncia arperaiuu. OnpeneneHue BpeMeH ObICTPO U MEIJIEHHOM
peaKcaluy MO3BOJISIET ONPEAENATh YKCIa arperaluu npu MUleioopa3zoBa-
HUU.

B pamkax TepMOAMHAMHUYECKOTO MOAX0/1a MHUIIEIIJIBl PACCMATPUBAIOTCS KaK
HOBas ¢aza, a Mpoiecc MUIEIUI000pa3oBaHus Kak (a30BbIN MEPEXo] — aHaJIoT
KoHJeHcanuu. [lpyu ompeneneHHONW KOHIEHTpAIMH PACTBOPEHHBIX MOJIEKYI
(BONIM3M KPUTHUECKOW KOHIIGHTpAIlMU MHUIEI000pa3oBanus) o00pas3yroTcs
MPEIacCOIMaThl, KOTOPhIE CIYKaT LEHTpaMU KOHJEHCAIMU i (PopMUpPOBa-
HUS MUICIUT. YBETUYCHUE Pa3MEpPOB MUIICIUT NMPHUBOJAUT K YHOPSIOYCHHOMY
PaCIOJIOKEHHUIO MOJIEKYJI, 00pa30BaHUIO THAPATHON 00070YKH BOKPYT MUIIEILI
U K CTa0MJIM3AIIUN CUCTEMBI.

VYpaBHeHrEe MHULIETI000pa30BaHUsl B paMKaxX TEPMOJAMHAMHYECKOrO MOJIXO-
Jla ©UMEET BUJT

X,, =nX]'exp(—nAG. /RT), (1.23)

riae AG’— cranmapTHas cBOOOJHAs DHEPIHs MEPEHOCA OJHOTO MOJISL MOJIEKYIT
U3 HEaCCOLMMPOBAHHOI'O COCTOSIHUS B COCTaB acconuara (MHULEUIbl); X, — KOH-

neHTpauusi (MoJbHas J0Ji) HEACCOUMMPOBAHHBIX MOJIEKYJ B PaBHOBECHOM
MULEIUIIPHON cucTeMe; X — KOHLEHTpauus (MOJIbHAs JOJs) MULEIUI C YHC-

JIOM arperamnuud N B paBHOBECHOM MUILIEJUIIPHOW cUcTeme; 1 — TemIeparypa;
R — ra3zoBas mocTostHHASI.
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[Tpu paccMoTpeHHH MUIEIIIO00pa3oBaHus Kak (pa3oBoro mepexona M3Me-
HEHHUE CTaHAApTHOW CBOOOAHON PHEPIruM MpH nepexone aMpupUIbHBIX MOJIe-
KyJ U3 BOJHOTO pactBopa (oaHa ¢dasza) B MUIIEIUIBI (BTOpas (aza) onpeaensier-
Csl KpUTHIECKOM KOHIICHTPAIMEH MHUIICITIO00pa30BaHUS

AGY =1 — 1 =RT In X (1.24)

KKM !
rae | — CTaHJAPTHBIM XUMHYECKUH MmoTeHIman aM(pupUILHOTO BEHIECTBA B
MHUILIEIUIE, |, — CTAHIAPTHBIN XMMUYECKUN MOTEHIMAT aM(pUPUIBLHOTO BEIEC-
TBa B BOJHOHU (aze, X, ., — KpUTHUECKas KOHLEHTPALMsI MULIEIUI000pa30BaHMs

am(puUIBLHOrO BEUIECTBAa B BOJHOU (pa3e, BEIpaKEHHAs! B MOJIbHBIX JIOJISX.
Kputnueckass KOHIEHTpalsl MULEIO00pa30BaHUs 3aBUCUT OT IMPHUPOJbI
MOJIIPHOM TOJIOBBI M JUIMHBI YTIEBOJIOPOAHON 1enu aM(pUPHIbHON MOJIEKYIIbI.
[Ipy HEW3MEHHOCTH MOJISIPHOM 4YacTh aM(pU(UIBHON MOJEKYJbl KpUTHYECKas
KOHLIEHTpalUsi MHULIEIUI000pAa30BaHUsl CHUYKAETCS NMPU YAJIMHEHUH YTJIEBOJO-
ponHou nenu. Hampumep, 1uist )KUPHBIX KHCIIOT C YUCIOM aTOMOB yTiiepojaa B
JIMHENHBIX YIJIEBOAOPOAHBIX pamukanax h, =12 C., =10*wmoms/n, a c

n. =16 C,, =10 mMonb/m.

C TepMOAMHAMUYECKUX MO3UIMN B KAYECTBE OCHOBHOIO KPUTEPHS BIUSHUSA
CTPYKTYPbl MOJIEKYJl MOBEPXHOCTHO-aKTHUBHOTO BEILECTBA HA KPUTHYECKYIO
KOHIIEHTPALMIO MULIEIUIO00pa30BaHMsI MOKHO paccMaTpHUBaTh BEIMUUHY pado-
ThI 110 IEPEHOCY COOTBETCTBYIOIIUX (PparMeHTOB aM(pU(PUILHON MOJIEKYJIbI U3
BOAHOW (pa3bl B MUIIEILTY C YYETOM 3JIEKTPUUECKOTO B3aMMOJICHCTBHS TOJISAP-
HBIX YacTeil MOJIEKYJI Ha MOBEPXHOCTH MUILIEILI.

1.4.3. llunupgHbIn Oucnon

Crpykrypa sunugHoro Ouciaosi. Illupoko pacnpoctpanenHoi ¢Gopmoit
MOJIEKYJIIPHBIX JIMITHJIHBIX aCCOIIMATOB B BOJAHOW CpeJie SIBISIOTCS OMCIONHBIE
CTpYKTYpbl. JIunuaHelil OUCION — OCHOBAa MOJIEKYJISIpDHOM OpraHu3auuu Ouo-
JoTUYecKux MeMmOpaH. JIunmuaHelii OUCIION TpeACTaBiIsIeT COOON TepMOAMHA-
MUYECKH YCTOWUYUBYIO CTPYKTYPY, 00pa30BaHHYIO JTUMHUIHBIMU MOJIEKYJIaMH B
BOJHOW CpeZle ¥ COCTOSIIYIO U3 JBYX MOHOCJIOEB JIMIIUIHBIX MOJIEKYJI, OPUEH-
TUPOBAHHBIX YIJIEBOAOPOAHBIMU LIEMSIMU APYT K APYTY, a MOJSPHBIMU TOJI0BA-
MH — B CTOPOHY BOJHOM a3l (puc. 1.10, 6).

B pesynbpTaTe Takoi opHeHTAIMKM MOJIEKYJ JIMITHUIHBINA OUCIION XapaKTepu-
3yeTCsl HAIMYUEM JIBYX THAPOMUIBHBIX TTOBEPXHOCTEH U ruapodoOHoit obmac-
TU B LIEHTPaJIbHON YacTu oucnos (puc. 1.15). @opmupyercs 6ucion audo au-
NUJaMH, Y KOTOPBIX Pa3Iuyus MEXAY IJIOIIAIIMU MONEPEYHOr0 CEUYEHHUs To-
JIOBHBIX YacTEl MOJIEKYJ U YIJIEBOJOPOIHBIX LIETIE HEBEIHMKH, JTUO0 CMEChIO
JUNUAOB, COOTHOIIEHHE KOTOPBIX C YYETOM IN€OMETPHUUECKHX XApaKTEPUCTUK
OTJIEJbHBIX KOMIIOHEHTOB ONTUMHU3UPOBAHO 1Ji1 (POPMUPOBAHUS TIOCKUX HH-
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tepdeiicoB (P = 1). YriaeBoaopoiHbIE LEMH PACTOI0KEHBI TPUOIU3UTETEHO
MIOJT TIPSIMBIM YTJIOM K TTIOBEPXHOCTH OHCIIOS.

Buenxss I'napododHas obiactb BuemmHsas
ruapoduiIbHas . ruapoduabHas
4 _
IIOBEPXHOCTD § NIOBEPXHOCTE,
=
g
= L
= 60
=
3
SP=
= o 45 B
8 E
5 o
2
= -
2 30
%)
)
3
) I5F
=
L 1 1 1 1 1 1 1 1 ]

-30 -20 -10 0 10 20 30
PacTostHue oT nenTpa Gucios, A

Puc. 1.15. TIpohuns TudIEKTPUIECKON MPOHUIIAEMOCTH
oucios, 00pa3zoBaHHOTO nuoNeHIPocHaTHANIXOIMHOM

Tonmuua TUOUAHOTO OUCIIOS OOBIYHO HAXOAUTCA B mpeaenax 4—6 HM.
Buemnue runpoduibHble 001aCTH JUMUAHOTO OHCIIOSN, KOHTAKTUPYIOIIHE C
BOJIOM, UMEIOT ToNmuHy nopsaka 0,7—1,4 um (puc. 1.16).

Buemuss I'mapodoOHast Buemusas
ruapoduIbHas obnacrte ruapodHILHAS
MMOBEPXHOCTH IOBEPXHOCTh

CesazanHasg
BOJA

TpYMIIBI
BOMHEBIE

BeposTHOCTE pacIuioKeHus (hparMeHTOB

L 1 1 1 1 1 1 1 1 1 1 1 J

-30 -20 -10 0 10 20 30
PacrosiHue ot nenTpa oucios, A

Puc. 1.16. Pacnipenenenuie CTpyKTypHBIX (pparMeHTOB MOJIEKYII B
oucioe, 00pa3oBaHHOM JAHOIEUIPOCHATHIMIXOTUHOM
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Tommuua yrneBogopogHon obsiactu cocrapisieT 2,6—3,2 HM A OUCIOEB,
oOpa30BaHHBIX JUMUIAMHU, BXOAIIMAMU B COCTaB Onojorndeckux memopan. C
UCIIOJIb30BaHUEM METOJa MajOoyrjOBOr0 PacCesHUs PEHTTCHOBCKHUX JIy4el yc-
TAHOBJICHO, YTO Takas TOJIWHA THUAPOGOOHON 00JIaCTU SABISETCS THUIUYHON
JUIs Omosiorudeckux MemOpaH. ['panunia mMexnay ruapodoOHON M MOJSIpHOMN
qyacTsIMU OHCIIOSN MPUXOAUTCS Ha OOJACTh PACMOJIOXKEHUS KapOOHWIbHBIX
rpynn Gochomunuaneix Mojiekyia. docdartubie rpynmbl GochoIUnUI0B pac-
noJiararotcs B oonactu pazMepom npumepHo 0,5 HM ¢ BHEIIHEW CTOPOHBI OT
I'paHUlIbl ¢ TUAPOPOOHOI 001aCTHIO U TUAPATUPYIOTCS.

TomnumHa TMOUAHOTO OUCIION 3aBUCUT OT JJIMHBI U CTENIEHU HEHACHIIICHHO-
CTH YIJIEBOJAOPOAHBIX IIETIeH JUMUAHBIX MOJeKyl. Yem Oosblie iMHA U
MEHBIIIE CTETCHh HEHACHIIICHHOCTH >XUPHOKUCIOTHBIX 3aMECTHUTENICH, TeM
Tonie oucnoii. TommuHa TMIUAHOTO OMCIOs Bo3pacTaeT mpumMepHo Ha 0,1 HM
NP YBEJIMYCHUH JITTUHBI YTJICBOIOPOTHON IIETTH JTUIMUAHOW MOJIEKYJIBI Ha OJTHY
METUJICHOBYIO Tpyrry. [IpucyTcTBHE B MEMSIX yuc-TBOWHBIX CBA3EH MOHMKACT
MJIOTHOCTH YITAKOBKHA MOJICKYJ U IPUBOANT K YMEHBIIICHUIO TOJIIIHHBI OMCIIOS.

K u3MeHeHuto TOIIMMHBI OUCIION TaKKe MOKET MPUBOJAUTH THApPATAIUS JIH-
MUHBIX MOJICKYJ. YBEJIMYEHHE CTENEeHU THApATAllMU JUIUIAHBIX MOJEKYI
NPUBOJUT K YBEJIMUYCHHUIO IJIOMIAIU MOBEPXHOCTH, MPUXOASIICHCS Ha TOJISAP-
HYIO TOJIOBY, YTO, B CBOIO OU€pE/lb, MPUBOJUT K YMEHBIICHHUIO IIJIOTHOCTH yIa-
KOBKH YTJIEBOJIOPOJIHBIX XBOCTOB U YMEHBIIEHUIO TOJIIUHBI MEMOPAHBI.

BaxHbIM JleTepMUHAHTOM TOJIIIUHBI JIMITUIHOTO OUCIIOS SIBISIETCS XOJIeCTe-
puH. X0JIECTEpUH OKa3bIBaCT KOHACHCUPYIOIUU (yrnopsaaounBaroniuii) r3hdext
Ha JTUNUAHbIe Ouciou. B3ammoneiicTBue xonectepuHa ¢ (HochOIUTUIHBIMU
MOJICKYJIaMHA TIPUBOJIUT, KaK MPABUIIO, K OTPAHUYCHUIO TIOJIBFPKHOCTH M YITO-
PSAIOYMBAHUIO YTJIEBOJOPOIHBIX IETIe U, KaK CIEACTBHE, K YTONIIEHUIO OuC-
nost. Hanpumep, nossiienue conep:xanus xoiectepuna ot 0 1o 30 % B 6ucioe
u3 docPaTuaNIXOIMHA PUBOAUT K yBeIMUeHUI0 Tommuubl Ha 15-20 % (puc.
1.17). OgHako X0JIECTEpUH MPAKTUYECKU HE OKA3bIBAET BIUSHUS HA TOJIIHHY
oucos u3 chUHroMueTMHa.

3,5 M
4 gMm

13t

a

PRI

'
—1

Puc. 1.17. BiusHue XojecTeprHa Ha TOJIIMHY JUIHATHOTO OUCIIOS:
a — Oucnoit u3 GochaTuaAnIXOINHA;
6 — 6ucnoit u3 cMecu pochaTHIUIKONMHA U XOJIeCTeprHa
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TonumHa TMOUAHOTO OUCHOS 3aBUCUT OT Temmeparypbl. C yBelnyeHUuEeM
TeMIlepaTypbl TOJIIMHA OKUCIIOsN yMeHblIaeTcs. [Ipu onpeeneHHbIx yCnoBUsIX
JUNUAHBIA OUCTION TMOJBepraeTcsl Tak Ha3bIBAEMOMY TJIaBHOMY (ha30BOMY Iie-

pexoay, MpU KOTOPOM TOJIIMHA OWCIOS HM3MEHSETCS CKaukooOpasHo (puc.
1.18).

d;, HM
3.4

3.2
3,0

2,8

2

(T_T:m)a K
Puc. 1.18. 3aBucumocTtsb ruapohooHoi ToamuHel ;. Oucioes, oopa-
30BaHHBIX JUMaIbMATOMIPOChHaTHANIXOTHHOM (1) M AUMUpHUCTONII-
dbocharuniaxonuHoM (2) OT TeMIepaTypshl.
Tm — Temmepatypa riaBHoOro (pa3zoBoro nepexoa

IIpodunsb gaTtepajbHOro AaBjaenusi B ouciaoe. DopMupoBanuie OUCIO B
BOJIHOM cpejie 00yCIOBICHO B3aUMOJICHCTBUEM JIMMTUAHBIX MOJIEKYJI C BOJIOM U
Mexy coOoi. B pesynbrare B3auMOACHCTBUS MEXAY MOJEKYJaMH B TJIOCKO-
CTU OUCIIOS BO3HMKAIOT CHUIIbI, cTabunusupyromniue oucioi. [lo rinybune oOuc-
JIOsI CWJIBl pacmpenesieHbl HepaBHOMEPHO. OJHAKO B COCTOSIHUM PaBHOBECHS
PAaBHOJCUCTBYIOIIASA CHJI paBHA HYJIO. AHalu3 JUHAMUAYECKOU CTPYKTYpHI
OUCIIOs TO3BOJIAET MOCTPOUTH TaK HA3bIBaeMbIH MPOGUIL JATEPATBHOTO JIaB-
neHus (mpoduitk JaTepaJbHOTO CTpecca) OUCIIOs.

Kak BuaHo Ha puc. 1.19, BeauunHa naTepaibHOro JABJICHUS IPHU JBUKECHUU
yepe3 OMCII0N MEHSIETCS CI0XKHBIM 00pa3oM.

Tako#t Bun nmpoduiist 1aTepaabHOTO AaBICHHS — CJIEICTBHE, 110 KpaHel Me-
pe, TpeX Pa3IMYHbIX SIBJICHUH, XapaKTepPHBIX JUIsl OMCIONHON CTPYKTYphl. Bo-
MEPBBIX, MEXKY TOJIOBHBIMU TPYIIAMH JUIUIHBIX MOJIEKYJ CYIECTBYIOT CH-
JIbl OTTaJKUBAHUSI, KOTOPBIE CTPEMSITCA YBEIUYUTH IUIONIA/b IMOBEPXHOCTHU
OucIos (J1aBlieHHE UMEET TMOJIOXKUTENbHYIO BETMUMHY). BO-BTOpBIX, HA TpaHu-
1ax pasjena «moyisipHas o0jactb — rugapodoOHas 00JacTh» B OHUCIOE ACHCT-
BYIOT CHJIBI TIOBEPXHOCTHOTO HATSKEHUS, CTPEMSIIHECs MUHUMHU3UPOBATH
IUIOIIAAL TPaHUIl paszena (JaBjIeHUE MMEET OTPUIIATENIbHYIO BEJIUYUHY). B-
TPEThUX, KOJIeOAHUS YTJIEBOJOPOJIHBIX XBOCTOB MPHUBOMAT K OTTaJKHMBAHUIO
JIUTIATHBIX MOJIEKYJI (JaBJICHHE UMEET MOJIOKUTEIbHYIO BEIUYUHY).

KonkpeTHbIit podmiih TaTepaabHOTO JABICHUS 3aBUCUT OT THIIA JIMITHJA.
[Tpu u3MeHEeHNH XUMUYECKON CTPYKTYPHI JIMITUIHBIX MOJIEKYJ MPOQHIb JlaTe-
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PaNBHOTO JaBJICHUS MOKET CYIIECTBEHHO M3MEHAThCs. Hampumep, crieacTBreM
YBEJIIMYEHUS YUCIIA YTJIIEBOJOPOIHBIX IIETe B MOJEKYyJaxX JHUMHIOB SIBISCTCS
yBeJIMUEHUE OTTAJIKWMBaHUS B ruapodoOHoi obnactu. BapeupoBanue (Gpopmsl,
pa3MepoB, MOJIIPHOCTH, CTETICHU THApaTallui, KOJIMYECTBA 0OPa30BaHHBIX I'O-
JIOBHBIMH TPYIIIIAMHA BOJOPOJHBIX CBSI3€H MPUBOAWT K M3MEHEHUIO CHJI OTTaJI-
KUBAaHUS B MOJIAPHON 00JIaCTH.

z A

QTMKI/IBHHI/IG TOJIOBHBIX IPYIII
IToBepxHOCTHOE HATSKEHHE

—_—
— C_____‘__
—
d OTTalKHBaHHE YIeBOIOPOIHEBIX

L
nenen
—_—
— ——— |
[ToBepXHOCTHOE HATSKEHHE
—

@TMKHBHHHC T'OJIOBHBIX T'PYTIIT

0 p

Puc. 1.19. [lpoduinp narepajibHOTO JaBJIEHUS P B JUIHIHOM OuciIoe

BenmnunHa mMOBEPXHOCTHOTO HATSKEHUS G JUISI JIMITHIHBIX CHCTEM COCTaB-
nsiet nopsiaka 50 mH/M. PaccTosiHne Mexy TpaHHWIlaMU pasjiefia «IoJisipHast
obnacte — ruapodobHas obsnactb» (ruapodobHas TonmmmHa Oucnos d ) co-

CTaBJIET NPUMEPHO 3 HM. [IOBEpXHOCTHOE HATSKEHHE, BO3HUKAIOIIEE HA
JIBYX TpaHHUIaX OMCIOS, NOJTKHO OBITh YPABHOBEIIECHO JaBlieHHEM THApPo(doO-
HOI yactu O6ucnosi. Takum 0Opa3oM, IIIOTHOCTH JaTepajJbHOTO JaBieHUs (cuia
Ha eIUHUITY TUIOIaan) Oucios paBHa 2c/d , 9TO YHCIEHHO cocTaBisieT Oolee

300 aTm.

H3meHeHue naTepalbHBIX CHJI B MOHOCIIOE MOXXET BbI3bIBATH M3MEHEHUE
KOH(OpMaIui BCTPOSHHBIX B OMCIIONW OEIKOB, YTO, B CBOIO OYEPEIb, MOXKET
MPUBECTU K Hecnenudpudeckoi moaudukanuu ux Qynkiui. Hanpumep, npen-
MIOJIATAeTCs, YTO JIaTepabHbIC CUIIBI YIPABIAIOT QYHKIIMOHUPOBAHUEM MEXa-
HOYYBCTBHUTEIILHBIX HOHHBIX KAaHAJIOB.

IoaBu:KHOCTHL MOJIEKYJ B Omcjioe. MoJekynbl JUNUI0B B Oucioe odia-
JTAI0T BBICOKOM MOJIBMKHOCTBIO. J[MHaMuueckue CBOMCTBA OUCIOS onpeess-
IOTCS TIOJIOKEHUEM JIUTIUIHBIX MOJIEKYJT (TPaHCIISIITUOHHBIN MOPSIO0K), UX OpH-
eHTaluel (BpalaTeabHbId NOPAIOK) U KOHPUTYypalluell XUMUYECKUX CBA3EH B
KKJ0M MoJeKyne aunuaa (KOHPUTYparmoHHbIN W KOH(POPMAITMOHHBIA T0-
psAnoK). TpaHCHSUMOHHBIA TOPSIIOK XapaKTEPU3YETCS 4YaCTOTOM MEPECKOKOB
MOJIEKYJI M3 OJHOTO IOJIOKEHHsSI B COCeAHEe B eAMHMIYy BpeMeHH. OObIYHO
BpAILLIATENBHBIA MOPSAOK OMNPENENSAETCS YIJIOBOM CKOPOCTBIO BPAIIATEIBHOIO
JIBUKECHHSI MOJIEKYJIbI BOKPYT UIMHHOM OCH, NMEPHEHIUKYJISPHOM IIJIOCKOCTH
oucmnos.
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OdeBHIHO, YUTO XapaKTep MOJIEKYJISIPHOW MOJBMKHOCTH ONPEICIISICTCS aHU-
30TPOMHON CTPYKTYPOH JIMIUTHOTO OWCIOS W MEXKMOJEKYISIPHBIMUA B3aHUMO-
neiictBussMu B HeM. OOBIYHO, BBIICISIOT CIEAYIONIUE OCHOBHBIE THUIIBI MOJIe-
KyJSIPHOTO IBIDKEHUS B MEMOpaHe: JIaTepaibHOe, BpallaTtelbHOe W «hIIuI-
daom» (puc. 1.20).

JlatepanbHas Bpamarensnas
audhyszus @nun-daon auddysus

Puc. 1.20. Bunpl MOJEKYJIIPHOTO IBHKEHUS B MeMOpaHe

[Tox narepanbHOU nud@y3uell MOHUMAIOT Xa0TUYECKOE TEIUIOBOE MepeMe-
IIEHIEe MOJICKYJI JHUIMIOB B IUIOCKOcTH 6uciost (dacrora 10%-10% ¢?). Cko-
pocTh JaTepanbHOM AU(PY3UH 3aBUCUT OT JUIHUAHOTO COCTaBa MeMOpaH U
Temneparypbl. [loHkeHue TemMnepatypbl U YBEIMUYEHUE COACpKAHMS XOJe-
CTepUHA MPUBOASIT K YMEHBIIEHUIO CKOPOCTH JIaTepalibHOU Tuddy3uu.

B Oucnoe Mosekynbl JMINUIOB MHTEHCUBHO BpPAILLAIOTCS BOKPYI CBOEU
JumMHHO# ocr (dactora 10'°-107 ¢ ™). JiBmxenue «Quumn-dom, o CyIecTsy,
NpeacTaBisgeT co00il CleNUaNbHbI Cly4yail BpallaTeJIbHOW IWHAMHUKU U Xa-
paKTepusyeT Mepexoi] MOJEKYJbl JHUIMHUAA U3 OJHOTO MOHOCIOS MEMOpaHbI B
npyroii (dactora 10°~10° ¢ ). B kauecTBe mpuMepa MOIEKYISPHBIX IBHKE-
HUI JTUNUAOB B OUCIIOE, ONPEACSISIIONINX KOHPUTYPAlMOHHBINA TOPSA0K, MOXK-
Ho mpuBectd komebamms CH,-rpymm (wacrota ~10" ¢ u mpanc-cow-
M30MEpH3aLIIO YIIEBOIOPOIHBIX Hereit (dactota 10'-10°¢ ™).

KonnuecTBeHHO XapaKTepPUCTUKON CTETIEHU YMOPSI0UYEHHOCTH JTUMUIHBIX
ueneil B Oucnoe sBisieTcst napametp nopsaka S. Ilapamerp mopsiaka MOXHO
ONPEAEIUTh IKCIEPUMEHTAIBHO C IpuMeHeHueM SAMP-criekrpockonuu wiu
aHU30TPOINUHU MoJspu3aluu QuryopecueHuu. [lapamerp nopsiaka onpenenser-
Csl Kak

S :%(C%(cos2 o) —1), (1.25)

TZIe @ — yroJl MeXKIY JJIUHHON OCHIO MOJIEKYJBI M1 HOPMaJbiO K OMCIIO. YTI0-
BbIe CKOOKHM O3HA4aroT YCpPEIHEHHE MO BCeM MoJjeKkynaM. s uaeanbHo ymo-
psAloYeHHOTO 00pasna (mapajuiejbHasi OpUEHTALUsI MOJICKYJl U HOpMaJih) Ta-
pameTp nopsiika S = 1, Toraa kak ayis uzorponHoro odpasma S = 0. [Tapamerp
nopsiJiKa JIMIUIHOTO Oucios xapakrtepusyercs BennunHoit ot 0,3 go 0,8 B 3a-
BHCHMOCTH OT THUIIA TOJOBHBIX TPYNI MOJEKYJ] JIMIUIOB, IJIMHBI M CTEIICHU
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HCHACBIICHHOCTH allUJIbHBIX ueneﬁ, TEMIICPATYPEI.

CTpyKTypHBIE COCTOSIHUS JUIMHIHOTO 0uca0s1. CTPYKTYpHOE COCTOSTHUE
JUTUAOB B OMCIIOE ONpeesieTCs] KaK JJaMeIsipHas JINMUIHass OuciioiHas ¢a-
3a. C TOYKH 3peHUs] TUHAMHYECKOTO COCTOSIHHS JTUMUIHBIA OMCIION MOXKET Ha-
XOJIUTHCS B PA3JIMYHOM arperaTHOM COCTOSIHHH: TBEPIOM (KOHJACHCHPOBAHHOM,
reaeBoM) L wimm sxupkoxpucrammyeckom (kuakom) L (puc. 1.21). XKunxas

naMmesusipHasd ¢aza L, sBiasercd 6a30BBIM TUIIOM OMCIOHHOM CTPYKTYphI OHO-

JIOTUYECKUX MEMOpaH.

Jlamennsipras asza L, xapakrepusyercsi BHICOKO CTENEHBIO YIIOPSI0YCH-

. 12
HOCTH (KO3 urneHT marepanbHoit nuddy3un MoeKky cocTaBisieT ~10 " cm

C *; MQJIOE KOJUYECTBO 20Ui-U30MEPOB IO CPABHEHUIO C KOJIUYECTBOM MPAHC-
U30MEPOB B yIIEBOAOPOAHBIX Lensx). it mamemtapHoit Gassl L, xapakTepHsI

BBICOKAsl TOJBIKHOCTh MOJIEKYN (Ko3(duimeHT mnatepaiibHON auddy3uun
~10"% cM® ¢ 1) 1 ropasio Gobliee KOTHYECTBO 201/-H30MEPOB B AIMIBHBIX 11e-
Ts1X, 9eM it hassr L.

B cooTBeTCTBUU CO CTENEHBIO YHOPSIOYEHHOCTU JIaMeIUIpHYyto (asy L,
WHOTIa Pa3ACNIAI0T Ha XKUAKO-yrnopsaoueHHywo ¢asy (L,) u xunko-ueymnops-
nouennyio ¢asy (Lg). Hampumep, BBeieHNE B KUIKYIO JUNUAHYIO a3y xoie-
CTEpHUHA TPUBOJUT K TOBBIMICHUIO YIOPSAOYEHHOCTH JUMUIHBIX Ienei (puc.
1.17). ®a3a L, uMeeT HECKOIBKO 00JI€€ BBICOKYIO YIOPSIOYEHHOCTh MO CPaB-
HEHHIO CO CBOOOIHOM OT xojnecrepuHa ¢azoi L (xosdduunenT maTepanbHOi
muddy3un nmpuMepHO B JBa pa3a HIKE) W OTHOIICHHE KOJUYECTBA 20uUi-
U30MEPOB K KOJIMYECTBY MPAHC-U30MEPOB B allMJIBHBIX LIETISAX, CPABHUMOE I10
BEJIMYUHE C TAKOBBIM JUIst Basbl L.

SR N
TN ot

Puc. 1.21. CxemaTnueckoe n300pakeHne JTaMeJIIpHOM (a3bl
JIMIIUAHOTO OUCIIOS.
Tm — Temnepatypa riaaBHOro (pa3oBoro nepexojaa

Ilepexox u3 TBEpAOro (KOHACHCHPOBAHHOTO) COCTOSHUS L, B KMIKOKpH-
crajuimueckoe L (Tak Ha3plBaeMbIH IEPEXOM TeIb-)KHIKHNA KPHUCTALl WU

IJIaBHBIN (ha30BBIM MEpPexoa B OUCIIOE) MOXKET OCYIECTBISTHCS MPU U3MEHE-
Huu temmneparypsl (puc. 1.21). Temneparypa riaBHoro (a3oBoro nepexona T,
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3aBUCHUT OT XMMHUYECKOTO CTPOEHUS U COCTaBA JIMMHUI0B OUCIOA.

B nmunupaseix Oucnosix namenisipHas (aza yacTo MMEeT TeHIEHIuIo ¢par-
MEHTUPOBAThCSI B Majible JOMEHbI (MHOT/Ia COCTOAILIME TOJIBKO U3 HECKOIBKUX
TBICSY WIH JIak€ COTEH MoJieKyJ). HepaBHOMepHOE pacnpeneneHue MOJIEKYI,
IpUBOJIIEe K 00pa30BaHUIO JTUMUAHBIX JOMEHOB (KJIacTepoB) B Oucioe, pea-
JIM3YETCS BCJIEACTBUE HAMYUS CMECH PA3IUYHBIX JIMIUJAOB, PA3JIMYUM JINIU -
HBIX MOJIEKYJI IO CTPYKTYPE MOJIAPHBIX F'OJIOB, [0 CTENIEHU HEHACBIIIEHHOCTH U
JUTMHE YTIEBOJAOPOMHBIX Ieneil. B OMCIIOAX ¢ JTUMUIHBIM COCTaBOM, MOJCIIH-
PYIOIIMM BHEIIHWA MOHOCIION IIa3MaTHYEeCKOW MeMOpaHbl, mpu (HU3HOJIOTH-
YECKHUX TeMIIEpaTypax yCTaHOBIEHO MPUCYTCTBHE JOMEHOB pazmepoMm ~3—40
HM. To ecTh, Jaxke B OTCYTCTBHE MaKpOCKOMUYECKOTO (ha30BOr0 pa3fesiCHHUs
ouciosi, TemneparypHbie (GIyKTyaluu MOTYT TPHBOJIUTH K (POPMHUPOBAHHUIO
JUMUAHBIX JIOMEHOB CO 3HAYMTEIIBHBIM BPEMEHEM XKU3HU. Ecnu rereporeHHas
MOMYJISIIIUS MEMOPaHHBIX JIMITUIOB pa3/iesicHa B JIOMEHBI, TO B PE3YJIbTATE Pa3-
JIMYUS TUTTATHON YITAKOBKU MEXKIY JOMEHAMHU BO3HHMKAET rpaHulla. BO3HUKHO-
BEHUE CTPYKTYPHBIX Pa3IWyuii BHYTPU U BHE JOMEHA MPUBOJIUT K Pa3TUUHUIO
(U3UKO-XUMUUYECKUX CBOMCTB, HAPUMED, K PA3INYUIO IOMEHOB MO BBICOTE.

FMABA 2. BENKOBbIA KOMMNOHEHT
BUOJNNTOMYECKUX MEMBPAH

2.1. OBLLAA XAPAKTEPUCTUKA MEMBPAHHbIX BEJIKOB
2.1.1. ®yHKuMn 6enkoB B MeMbpaHax

benkn memOpaH BOBII€UEHBI NMPAKTHUECKU BO BCE IPOLECCHI B KIIETKAX.
Cnucok ¢pyHKUMNA MeMOpaHHBIX O€JIKOB BEJIMK: TPAHCHOPT MOHOB, META0OIU-
TOB ¥ MaKpOMOJIEKYJI 4uepe3 MEeMOpaHbl, peleniys U nepeaadya CUTHAIOB, Te-
PEHOC AJIEKTPOHOB, MPHUKPEIUICHUE K BHEKIIETOUHOMY MAaTPHKCY, PETYJINPOBa-
HUE BHYTPHUKJIETOYHOTO BE3UKYISIPHOTO TPAHCIOPTA, KOHTPOIb JUIMUTHOTO
cocTaBa MEMOpaH H T. 1.

MeMOpanHble O€lKkd HMMET 0O0Iee CBOMCTBO — 4YacTh HX CTPYKTYpbI
BCTpamBaeTCs B JIUNUAHBINA Ouciioi. YacTh MeMOpaHHBIX OEJIKOB MOTPYKEeHa B
JUMHUIHBIN OUCION, OCTadbHbIE OEJIKH aCCOLMUPOBAHBI C IK30IUIa3MaTHUYECKUM
WIA TUTO30JbHBIM MOHOCIOSIMU Oucioa. MHOTHE U3 3TUX OENKOB UMEIOT P
OOIIMX YepPT B CTPOCHUHU U MOTYT OBITh CTPYIIIMPOBAHBI B CYIIEpPCEMENCTRA.

2.1.2. Knaccbl MeMOpaHHbIX 6enkoB

Nmeetcs 60JbIIIOE KOJIUYECTBO MPSIMBIX JI0KA3aTEIHCTB BHEAPECHHS OCITKOB
B JIMMIUJHBIN OuCiIoN B 6moMmeMmOpanax. K HUM OTHOCATCS JaHHBIE, TTOJYYCH-
HBIE C IPUMEHEHUEM DJIEKTPOHHON MUKPOCKOIIWH, TIPU U3YYCHUN PACTBOPHUMO-
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CTH OENTKOB B PAa3MYHBIX PACTBOPHUTENSNX, JUIMUA-3aBUCUIMON aKTHBHOCTH
dbepMeHTOB OMOMEMOpaH, KOBAJICHTHOIO CIIMBAHUS OCJIKOB C JUIMUIAMHU B
MeMOpaHax u T.1. MemMOpaHHbIE OEIKA MOKHO pa3e/IuTh Ha TPU OOJIbIINE Ka-
TErOpPUHU B 3aBUCHMOCTH OT MEXaHU3MOB B3aUMOJICHCTBUS C JINTTHIHBIM OMCIIO-
eM: HHTerpajbHble  (TpaHcmeMmOpaHHble), nepudepuyeckue  (Oenok-
MPUKPETUICHHBIC) U JIUIN/I-3asIKOPCHHBIE. BOJIBIIMHCTBO OMOIOTHUYECKHX MEM-
OpaH COJIEPKUT BCE TUIHI MEMOpPaHHBIX OelIKoB (puc. 2.1).

WuTerpansubie 6enku coctaBisitoT 70-80 % oT umcia Bcex MeMOpaHHBIX
oenkoB. K sTuM Oenkam OTHOCSTCS AaHTUTEHBI, PEIENTOPHI, TPAHCIIOPTHHIE
OEJKA U T. [I.

HuTerpaneHbie Jlunun-3asxopeHHble

NH,
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COaH

Kosaneurnas cesizp Oenka ¢

. [Tepudepuueckue
MOJIEKYJIOH JIMITHa

[MuTozons

Puc. 2.1. Pacnionoxxenue 0enkoB B MeMOpaHax

HuTerpanbHbie MEMOpaHHbBIE OCJIKU TIEPECEKAOT JIUTUIHBIN OUCTION, a me-
pudepudeckue MeMOpaHHbIe OEITKH aCCOIIMUPOBAHBI C BHYTPEHHEH M BHEUTHEH
ctopoHamu Oucnosa. TpaHncMeMOpaHHBIE CETMEHTBhI MHTETpalbHBIX MeMOpaH-
HBIX O€JIKOB B3aMMOJICHCTBYIOT C YTIEBOJIOPOAHBIMU LETISIMU JIUTIUIHOTO OMC-
J0S ¥ UMEIOT HEOOJIBIIIOE YHUCIIO TUAPOPUIBHBIX OCTATKOB, SKCIIOHUPOBAHHBIX
Ha UX TPaHCMEMOPAHHBIX TOBEPXHOCTSIX.

[lepudepuueckne MeMOpaHHbIe OEIKU OJTOOHO IPYTUM BOJAOPACTBOPUMBIM
OenmkaM UMEIOT THAPOQPHUIBHBIE OCTAaTKH, SKCTIOHHPOBAHHBIE HA WX MOBEPXHO-
CTSIX, U CepALUeBUHY M3 ruApodoOHbIX ocTaTkoB. [lepudepuueckue u uHTE-
rpajbHble OEJKM MOKHO KCTParupoBaTh C MCHOJB30BAHUEM Pa3IMUYHBIX pac-
TBOpUTeiel. 1llenounsie pacTBOPUTENN PACTBOPSIOT OOJBIIMHCTBO nepudepu-
YecKuX OEJIKOB, PaclojOXKEHHBIX 3a mpeaenamMu Oucios. JlerepreHTsl, KOTo-
pbI€ B3aUMOJICHCTBYIOT C TUAPO(YOOHBIMH TPAaHCMEMOpPAHHBIMU CETMEHTAMH,
PacTBOPSIIOT UHTETPATIbHBIE MEMOpPaHHBIE OCITKH.

TparncmemMOpaHHbIE CETMEHTHI MHTETPATIbHBIX MEMOpaHHBIX OEITKOB, KOTO-
phle MepecekaroT OMCIION, CBOPAYMBAIOTCS B O.-CIIMPATIU WX B B-HUTU. AMUI-
HbIe W KapOOHWJIbHBIE TPYIIBI MOJUMENTHIHOTO OCTOBAa B IMpeaenax OMcCIosn
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CBS3aHbl BOJOPOJHBIMU CBSI3IMH, YTO MUHMMHU3HUPYET IHEPTUI0, TPEOyeMyIo
JUTSl IOTPYKEHUSL OCTOBA B TUAPOPOOHYIO YaCTh JIUIIUHOTO OUCIIOS.

WuTerpanbubie MeMOpaHHbIE OCJIKHM UMEIOT OAMH WM 0o0Jiee CEerMEHTOB,
KOTOpbIe BHEAPEHBI B (pochomumuaabiii Oucion. ITu OENKU 3asiKOPEHBI B JIW-
OUJAHOM OHCIIOe Yepe3 MOJUIENTUAHYIO 1enb. BOJIbIIMHCTBO MHTETpabHBIX
OeNKOB coepKaT AMUHOKUCIOTHI C TUAPOGHOOHBIMU OOKOBBIMH IIETISIMHU, KOTO-
pbI€ B3aUMOJCHCTBYIOT C alWJIBHBIMHU TPYNIaMHU XUPHBIX KHUCIOT MEMOpaH-
HBIX (hochonunuaoB. DTU TpaHCMEeMOpaHHbIE OCNKU coAepkKaT OAUH Hin 00-
jee JOMEHOB, MepeceKaronnx MeMOpaHy, a TakKe MeTIH JUIMHOI OT YeThIpex
710 HECKOJIbKUX COTE€H aMHHOKHCIOTHBIX OCTAaTKOB, MOTPYKEHHBIX B BOAHYIO
cpeay 1Mo 006e CTOPOHBI OUCIIOS.

TpancmemOpaHHasi o-crivpaib — OCHOBHAsA CTPYKTypHasl eIMHHIIA OEIKOB
MeMOpaH PyKaprOTOB U OEJIKOB BHYTPEHHUX MeMOpaH MpokapuoToB. OAMHOY-
HbIC WJIM YIIaKOBaHHBIC B MyYKU TPAHCMEMOpPAHHBIE O-CIIUPATH XapaKTepU3y-
IOTCSl IMHUPOKUM HaObopoM (YHKIMHA W O0COOCHHOCTEH cTpoeHus. o-Crupanu
HalJIeHbI B 0AKTEPUOPOJIOTICHHE, B CEMEUCTBE POJICTBEHHBIX CEMUCITUPATBHBIX
pEelenTopoB, Hacocax, MEPEHOCYNKAX, HOHHBIX KaHalax, IUTOXPOMOKCHAA3E U
(OTOCHHTETUYECKOM PEaKIIMOHHOM LIEHTpE. benku ¢ o-crnupaibHBIMU TpaHC-
MEMOpaHHBIMH CETMEHTAMHU SIBIISIIOTCA 00Jiee MHOTOYMCIEHHBIMHA U (DYHKITHO-
HaJIbHO 00Jiee pa3HOOOPa3HBIMU, YeM OCNIKU C 3-HUTSIMHU.

benku ¢ mydkamu o-crnvpaiedl HailIeHbl BO BCEX KIETOYHBIX MeMOpaHax.
benku ¢ myykamu -HUTEH, HalICHHbIE BO BHEIIHUX MEeMOpaHax rpaMoTpHIla-
TEJIbHBIX OaKTEepUil, MUTOXOHJIPUSX M XJIOPOIUIACTaX, (POPMUPYIOT >KECTKUE
MOpbI, M3BECTHBIE Kak [(-Oappenu (maccuBHBIC, HO cyOcTparcrenuduaeckue
mudPy3rMoHHBIE TIOPHI JJIsT MajibIX MOJIEKYJ). belku mopuHbI cocToAT U3 [3-
HUTeH, popmupyromux Oappenu, ¢ TuaApoPoOHOI BHEIIHEH MOBEPXHOCTHIO U
KaHaJIOM BHYTpH. -bappenbHblie O€lKu, SKCTIOHUPOBAHHBIE HA TMOBEPXHOCTH
OaKTepHAIBHBIX KJIETOK, UCTIOJB3YIOTCS KaK HadyallbHbIE MECTa TMPUKPETUICHHUS
OakTeprodaroB u GaKTEPUATBHBIX TOKCHHOB.

MHorue TpancMeMOpaHHbIE OEIKU COepKAT OOJBIIOE YUCTO CYObEeIUHMUII,
aCCOLIMMPOBAHHBIX B IJIOCKOCTH Oucios. Yucio B-HUTEH, KaK U YUCIIO O-CITHU-
pasieil, MokeT ObITh OYeHb 0OJBIIUM (puc. 2.2).

bakTepuaibHble 1 MUTOXOHJPUATBHBIC TOPUHBI UMEIOT TPU HUICHTUYIHBIC
cyObennHUIEl. MHOTHE MOHHBIE KaHAIbl (JOPMUPYIOTCS U3 YEThIPEX OJUHAKO-
BBIX WJIM HJICHTUYHBIX CyOBEIUHUIL. PerenTops! aeTHiIXoauHa SBIISIOTCS TICH-
TaMepaMU U3 WJISHTUYHBIX WM POJICTBEHHBIX CyOneauHuIl. Bmecte onn dop-
MUPYIOT KaTHOHHBIN KaHaJl, KOTOPBIA OTKPBIBACTCS, €CIIH AI[CTHIIXOJIUH CBSI3bI-
BaeTCs C JIByMA o-CyObenuHuniamMu. baktepuanbHas IIMTOXPOMOKCHIa3a SBIIS-
eTCsl aHCaMOJIEeM W3 YEThIPEX Pas3IMYHBIX CyOBEIUHUI] ¢ oOmuMHu 22 TpaHC-
MeMOpaHHBIMH CIIUpATIMH. DOTOCUHTETUIECKUN PEAKITMOHHBINA IIEHTP XJIOPO-
1acTa COAEPKUT TPH CIIUPATBLHBIE CYOhETHHUIIBI.
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[Tyyok o-cnupanei B-0appens (OouoHOK)
OakTepuoOpOAOIICHH MOPHH

Puc. 2.2. JIpa kj1acca MHTETpAJIbHBIX MEMOpPAHHBIX OEIKOB

[lepudepuueckne MmeMOpaHHbIE OEJIKH B3aUMOACHCTBYIOT ¢ SKCIIOHUPOBAH-
HbIMHM YYaCTKaMH HHTETPaJbHBIX MEMOPaHHBIX OEJIKOB WJIA C MOJIIPHBIMU TO-
JIOBHBIMU Ipynnamu JunuaoB. OOGbIYHO CBSI3bIBAHUE CO CIEHU(PUUYECKUM Me-
CTOM Ha MeMOpaHe MPUBOIUT K akTuBaimu Oenka. [Ipumepamu nepudepude-
CKUX OEJIKOB, JIOKaJU30BAaHHBIX HA IIUTO30JIbHON (BHYTPEHHEW) CTOPOHE IJ1a3-
MaTHUYECKONH MEeMOpaHbl, CITy>KaT OEJIKU LIUTOCKEIETa SPUTPOLIUTOB — CIEKTPUH
U aKTHH, a Takxke pepMeHT npoTenHkuHaza C. Ha BHemHel (3Kx3011a3mMaTuye-
CKOI) cTopoHe MeMOpaHbl JIOKAJIM30BaHbl HEKOTOpbIE OEIKHM BHEKJIETOUHOTO
maTpukca. [lepudeprnueckue Oenku CBA3BIBAIOTCS ¢ 00EMMHU MOBEPXHOCTAMHU
MeMOpaHbl He KOBAJIECHTHBIMU CBSI35IMU.

Psin MmeMOpaHHBIX OEJKOB HE YAAISIOTCS U3 MeMOpaHbl IPU MSTKOM oOpa-
00TKe aeTepreHTamMu. JTU OEJIKH KOBAJEHTHO CBSI3aHbI C KUPHBIMU KHCIIOTAa-
MU, 3a9KOPEHHBIMU B OJIMH U3 MOHOCJIOeB MeMOpanbl. Ho momunenTuaHas
1ensb Oesnka B hochoaunuanbiii Oucioi He BHEAPSIETCS.

2.1.3. FleomeTpusa pacnonoxeHns 6enKoBbIX MONeKyn B bucnoe

B 3aBucumocTH OoT crioco0a nepeceyeHus: OMCIosi MHTErpalibHbIe OeNKH Jie-
JSITCS HA MOHOTONTMYECKUE, OUTONMNYECKUE U TTOJTUTONUYECKHUE.

MonoTtonuyeckue O€NKU BHEIPEHBI TOJBKO B OJJUH U3 MOHOCIJIOEB OUCIOA,
TO €CTh SKCIIOHMPOBAHBI C OJHOM CTOPOHBI MEMOpaHbl. Y OUTONMUYECKUX Oe-
KOB (MHOTHE PELENTOphl) OJMH CErMEHT INepecekaeT MemoOpany. TpaHcMmewm-
OpaHHBIN JTOMEH (CErMEHT), KaK MpaBWIO, COCTaBisieT mpumepHo 5-10 %
Macchl Bcero Oernka. BHEKJIETOUHBINA TOMEH MOXKET HECTH YTIJIeBOAHbBIC IIEIH,
KOTOpble MOTYT ObITh N-CBsI3aHHBIMU (IIPU CBSI3bIBAHUU C acHaparuHOM) WM
O-cBsizanHbIMH ~ (IIpU ~ CBA3BIBAHUM C  CEPUHOM, TPEOHHHOM WM
TUAPOKCUIIUM3UHOM). Takue JTOMEHBbl HUIPAIOT poJib MAapKEepOB KIIETOYHOM
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MOBEPXHOCTH, (DAKTOPOB ajare3uu (HAMpUMep, WHTETPUH) WA PELENTOPOB.
[{uTornna3smMaTUYecKUe JIOMEHbl WIPAIOT pOJb B KIETOYHOM CUTHAIM3ALMU
(HanpuMep, peuenTopHas TUPO3WHKHHA3a) WM MOTYT CBSI3BIBATBHCS C
LUTOCKEJIETOM.

[TormumenTuHas 1EMb MOJUTOMUYECKUX OCITKOB MepecekaeT MeMOpany 00-
jee OJHOTO pa3a (KaHallbl, HEKOTOPBIE PEIENTOpPbI, OaKTepUalIbHBINA (OTOCUH-
TETUYECKUN PEaKIMOHHBIA IIEHTP). BO3MOXHBI pa3inyHble KOMOMHAIIUKA Pac-
nonoxkeHuss N- u C-oxoHuanuit mo o0e cTopoHbl MeMmOpanbl. OnHaKO MHpu
YEeTHOM YHUCJIE€ TPAHCMEMOpAHHBIX CErMEHTOB 00a THMAa OKOHYaHWH OyayT
pacmosaraTeCsi TOJIBKO C OJHON CTOPOHBI MEMOpaHbI (IIUTOIIA3MATUYECKOM
WIM 3K30IJIa3MaTUYECKON), TP HEYETHOM YHUCJIE TPAHCMEMOpAHHBIX CErMEH-
TOB 00a THIAa OKOHYAHUI — C pa3HBIX CTOPOH. Macca BCTpOEHHBIX B MEMOpaHy
CErMEHTOB ISl HEKOTOPBIX O€IKOB MOXKET mnpeBblaTh 60 % oT 0011eit Macchl
Oeka.

2.1.4. CopepxxaHune 6enkoB B MeMbpaHax

Bo Bcex Oumosiornyeckux MeMmOpaHax MPUCYTCTBYIOT Oenku. X comepxa-
HUE B MeMOpaHax koJieoiercsa oT 20 % 10 75 % B 3aBUCHMOCTH OT THIIA KJie-
TOK U THIIA OpraHU3Ma.

MeMmOpanHbie OeJTKH COCTaBIISIOT TPETh MpoTeoma kieTku. Habop 6enkoB B
MeMOpaHe 3aBUCHUT OT TUIIA MEMOpaHbI U TUTIA KJIETOK. UNCII0 OENKOB JaHHOTO
TUIA B KJIETKaX BapbUPYET OT HECKOJBKUX COTEH JO HECKOJIbKUX MWJLIMOHOB
kornui. [Ipumeps! uaeHTUGUIMPOBAHHBIX MEMOPAHHBIX OEJIKOB B SPUTPOLIUTAX
YeJioBeKa MpUBEICHbI B Ta0I. 2.1.

Tabnuya 2.1
JKcnpeccusi MeMOPAHHBIX 0€JIKOB B JPUTPOLUTAX YeT0BEeKa
WHTerpanbHbiii MeMOpaHHBINA OEI0K Uucio MoieKyn B KJIeTKe (MeMOpaHne)

benok nonocer 3 1000000
'muxodopun A 1000000

benok nosuocer 7 300000
Tpancmoprep TiItOK036I | 300000
AxBanopuH-1 200000
['muxodopun C 50000

Tpancmoprep MOUEBUHBI 14000
Kanpnuiitpancnoprupytonjas AT®aza | 4000
Harpwuii/kanmneBas AT®aza 400

2.2. CTPYKTYPA 1 CBOUCTBA UHTEIPAIbHbIX U
NEPUDPEPUYHECKUX MEMBPAHHbIX BEJIKOB

[To cTpykType MeMOpaHHBIE O€IKM TPOIIE ¥ MEHEe BapuaOeIbHbI, YEM BO-
nopacTBopuMbie Oenku. Bo Bcem Habope MeMOpaHHBIX OEJIKOB JI0 CUX TOP OT-
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KPBITHI TOJILKO JIBE€ OCHOBHBIC apXUTEKTYPHBIE OCOOCHHOCTHU: (Oi-CTIUPATH (U MX
nydku) U B-auty (B-6appenun). OOIMM U1 3TUX IBYX OCHOBHBIX CTPYKTYPHBIX
dbopM UHTErpaJIbHBIX MEMOpPAHHBIX OCJIKOB SBISETCS OOpa30OBaHHE MAaKCH-
MaJbHO BO3MOKHOTO YHCJIa BOJOPOIHBIX CBS3€H TpymmaMud aTOMOB IETITH]I-
HBIX CBSI3€H, KOT/Ia TIOJUTICTITHHAS [IeTTh HAaXOIUTCS B TUAPOGHOOHOM OKpYyXKe-
HuU. [Ipu OTCYTCTBUU PSIIOM MOJIEKYJT BOJBI BOJOPOAHBIC CBSI3U MOTYT o0Opa-
30BBIBATHCSI TOJBKO B Mpeeinax CaMOW MOJUMENTHIHOW e, U HWMEIOTCS
TOJIBKO JBa BO3MOXKHBIX CIIOCO0A TaKOW peaM3anuu JUisl TOTPY>KCHHBIX B
MeMOpaHy 4YacTe MOJIMMENTUIHBIX Ilenell — (GOpMHpPOBATH WIH O-CIHPAIIH,
WIH -HUTH.

XoTsi OOKOBBIE TPYIITBI AMUHOKHCIOTHBIX OCTaTKOB MOTYT OBITH THIPO-
¢dboOHBIMH, 3apsiIbl HA aTOMAaxX MENTUAHON CBSI3U MepepacnpenencHsl (puc. 2.3)
U, CIIeZI0BAaTEIHbHO, UIMEIOT TCHICHITNIO K ((OPMHUPOBAHHIO BOJJOPOIHBIX CBS3CH.
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Puc. 2.3. Pactipenenenue 3apsi0B Ha aToMax IMENTHIHON CBS3U

B T0 ke BpeMst B cepeArHE JIUMUHOTO OUCIIOST HET JOHOPOB WJIM aKLENTO-
POB BOJOPOJHOM CBSA3HU. /IMITONBHBIN MOMEHT MENTUIHOM CBs3U paseH 3.5 JI.
Ecnu TpancMeMOpaHHBII CErMEHT MpEeNCTaBIsAeT COO0OM O-CIHUpaIbHYIO0 KOH-
dbopmanuio, To Bce ruApO(UIbHbIE TPYNIbl (POPMUPYIOT BOJOPOJIHBIE CBSI3H
JIpYT C APYTrOM, B TO BpeMsl Kak ruaApodOoOHbIE OOKOBBIE 3aMECTUTEIN BBICTY-
NAKT Ha MOBEPXHOCTU CHUPAIHU B CTOPOHY YIJIEBOJOPOIHBIX XBOCTOB JIUIIH/I-
HBIX MOJIEKYJ. ATOMBI Ka)KJOW MENTUIHOW CBA3M Y4acTBYIOT B 0Opa3oBaHUU
BOJOPOJIHBIX CBSI3€M ¢ aTOMaMu APYTUX NENTUIHBIX CBs3el (puc. 2.4).

B kaxmoMm cermenre, mnepecekaronieM OHUCIION, coliep)KaHue 3apsyKEHHBIX
WIH TOJIAPHBIX TPYII, KOHTAKTUPYIOLUIUX C JUMHUIAMH, T0JKHO ObITh MUHUMHU-
3upoBaHo. YToOkI H30€KaTh KOHTAKTA C JIUMHUIaMHU, TOJISIPHBIE aMHJIbl U aTOMBbI
KapOOHWUIJIOB MENTHUIHON CBSI3U MOTPYKEHbI BHYTPh O-CIIUpaiu win B-cios. Bo
MHOTUX TPAaHCMEMOpPAHHBIX CETMEHTaX OCTATKU apOMaTHUYECKUX aMUHOKHCIIOT
JIOKAJIM30BaHbl, KaK MPaBUJIO, B TIUIEPOJIbHON 00JACTH JIMIIUIHOTO OHCIIOS.
a-Crnupainb B OUCII0€ CONEPKUT OT 22 10 25 0CTaTKOB aMUHOKHCIIOT, a 3-HUTh
— 10 ocrarkoB. Ecnu Tonmunaa ruapodoOHOM cepAlleBUHBI OMcios paBHaA 33 A,
TO MUHUMAJIbHOE YHCIO aMUHOKHUCIIOT B O-CIIMpaiu OyJeT paBHO ~22 (AguHa
ydacTKa MOJUNENTUAHONW LEMu, MPUXOAIasics Ha OAHY aMUHOKUCIIOTY, paB-
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Puc. 2.4. Ctpykrypa o-cnupanu

TparncmemMOpaHHbIE TOCIEAOBATEIIBHOCTH aMHUHOKHUCIOTHBIX OCTAaTKOB B
HHTETPaJIbHBIX MEMOpPAHHBIX OC€IKax OOBIYHO MJICHTHU(MUIMPYIOTCS KaK THAPO-
bob6HBIC TTOCcHeaoBaTeIbHOCTH. MHACKC THAPOGHOOHOCTH I OTIASILHONW aMu-
HOKHCJIOTBI PaCCUUTHIBACTCS KaK BEJIMYHWHA DHEPTHH, HEOOXOIUMOM JIJIsl TIepe-
HOCa aMUHOKHUCJIOTBI U3 OPraHUYeCcKoro pacTBOpUTEIs B Bojay. CTaOUIBHOCTD
TPaHCMEMOPAHHOW CIHPANId XapaKTEPU3YeTCs BEITMYMHON M3MEHEHHS CBOOOI-
HOM DHEPTUH MPU MEPEHOCE CIIUPATU U3 BOAHOU (Da3bl B OUCIION.

[TonoOHBIN aHATN3 MPUMEHUM JIJI OCJIKOB, THIIA TIMKO(POPHHA, Y KOTOPOTO
CIMHCTBEHHAs TpaHCMEeMOpaHHas CIUpab UMEeT HambOosee HEeMmosIpHbIe 00-
KOBBIE 3aMECTUTENH, OKPYKEHHBIC YTIEBOAOPOIHBIMU METSAMHU JTUTTHI0B. Eciu
0eJIOK UMEeEeT HECKOJIbKO TPaHCMEMOpAHHBIX CIUpasield, OLeHKa TUAPO(HOOHBIX
napamMeTpOB MOYKET HE COOTBETCTBOBATH JCHUCTBUTEIHPHOCTH, TIOTOMY YTO CITH-
pajy MOTYT TPYIITUPOBATHCS BMECTE, YTOOBI OKPYXaTh TUAPODUIBHBIN KaHAT,
BBICTJIAaHHBIN 3apsaMy U OOKOBBIMH TTOJISIPHBIMU 3aMECTUTEIISIMH.

TeM He MeHee UHJIEKC THAPOGOOHOCTH IMTUPOKO HCIIOJIB3YETCs JIJIsl ONpeie-
JICHUS HAJIMYMS o-CIupaned B MemOpane. PaccMoTpum s mpumepa TpaHC-
MEMOpaHHBIH OEJIOK, y KOTOPOro MMEIOTCS 4YeThIpe o-crmpand (puc. 2.5, 6).
Jlyst aTOrO OEnKa 3aBUCUMOCTh CBOOOTHOM SHEPTUU MTEPEHOCa aMUHOKHUCIIOT U3
MeMOpaHbl B BOAY OT TOJIOKEHHSI (HOMEpa) aMMHOKHCIIOTHOTO OCTaTKa B IO-
JMTIENTHIHON 1IN UMEET BUJ, PEACTaBICHHBIA Ha puc. 2.5, a. Hanmuuue ye-
THIPEX TMOJIOKUTEIHHBIX MUKOB Ha rpaduKe CBUIACTEIHCTBYET O MPUCYTCTBUH B
CTPYKType Oeka YeThIPEX 0-CITUPaJICH.
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2.2.1. CTpyKTypa u CBOMCTBA O-CnupanbHbIX
MHTerpanbHbIX 6enkoB

a-Crniupanu GopMHUPYIOTCS, TIaBHBIM 00pa3oM, M3 aMHHOKHCIOT C HEMo-
JSIPHBIMH OOKOBBIMHU TpymamMu. [lepBeIM OXapakTepHU30BaHHBIM WHTETPaTh-
HbIM OeNKoM ObLIT TriIukKopopuH MeMOpaH 3puUTpoIuToB (puc. 2.6). B SIMP-
OKCIIEPUMEHTAX YCTAaHOBJICHO, YTO €MHCTBEHHBIA TPAHCMEMOPAaHHBIN CErMEHT
rITUKO(OpUHA SBIISIETCS O-CITUPAITBIO.
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Puc. 2.5. Nupekc ruapodoOHOCTH (@) A1 HHTErpaibHOTOo Oeika Tuma (60)

benku Tumna ramkodopuHa coaepkar Tpu JOMEHAa — OJUH ruapodoOHsIil (B
BUJIE O-CTIMPAJM) U JBa rUApoUiIbHbIX (M0 00e cTopoHbl MeMOpanbl). Cnu-
panb B3aWMOJEHCTBYET C alMJIbHBIMU LENsAMU JUNUA0B. MMeroTcs nokasza-
TENbCTBA, MOATBEPXKAAIOIINE, YTO OMCIION NepecekaeT OAMHOYHBIA CErMEeHT.
Hanpumep, npoteonutrueckre GepMeHThl MOTYT pacIleIIssTh TpaHCMEMOpaH-
HBIM MOJUNENTUAHBIA CETMEHT B IMpeACKa3blBaeMbIX MecTax. [loTeHnnanbHbIe
MecCTa TJIMKO3UJIUPOBaHUS OelKa JIOKAJIM30BaHbl CHApYXHU KJIETKH. XUMHUUe-
CKHE METKU WJIM MEUEHHE aHTUTEJIaMH TMO3BOJSIOT UACHTU(ULIHMPOBATH YaCTH
OEJIKOB BHYTPH WJIM CHAPYKH KJIETOK.

[To ananoruu ¢ rMUKO(GOPUHOM MPUHUMAETCS, YTO OJUHOYHbBIE THAPOPOO-
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HBIC CErMEHTHI JJTMHOW MPUMEPHO B 25 aMHHOKHCIOTHBIX OCTaTKOB B JPYTHX
TpaHCMEMOPAaHHBIX OeJIKaxX TaK)Ke CBEPHYTHI B Oi-CIpain. benku ¢ mydykamu o-
cMpaje MMEIOT pa3HoOoOpa3Hble pa3Mepbl U (OPMBI: OT OEJIKOB TOJBKO C
€IMHCTBEHHOW TpaHCMEMOPaHHOH 0.-CIIUPAJIbIO, COSTUHSIONIEH YacTO JOBOJIb-
HO OOJBIIHE BOJOPACTBOPUMBIC TOMEHBI HAa MPOTHBOIOJIOKHBIX CTOPOHAX
MeMOpaHbl, 10 6enkoB ¢ 20 wir OOJIBIIMM YHUCIIOM TPAaHCMEMOPAHHBIX CITUPA-
Je#, popMHUPYIOMIKX TJIOTHO YITAKOBAHHBIC ITYYKHA B MEMOpaHax.
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Puc. 2.6. a-Cniupains rnukodopuHa B Oucioe

W3 B3auMOACUCTBYIOMINX CYyOBEAUHUI] MOTYT OBITH CHOPMHUPOBAHBI OO0JIb-
e aHcaMOJIM TpaHCMEMOpPAHHBIX CIUpAJIeH, HapUMeEp, IIUTOXPOMOKCHIa3a
MUTOXOHJpUI ObIKa UMeeT 28 TpaHCMEMOpPaHHBIX O-CIUpAJICH, pacnpeneieH-
HbIX cpenu 13 cyOnenuuuil.

TpexMmepHble CTPYKTYphl MEMOpaHHBIX OEIKOB MMEIT psii OOLIUX 4YepT.
Tak, TpaHcMeMOpaHHbIE CIUPAJIA OCTPOEHBI, IIABHBIM 00pa3oM, U3 HEMOJISAP-
HBIX aMUHOKHUCJIOT, TAKUX KaK JICUIIWH, U30JICHIINH, alaHWuH, BaJMH U (eHMIa-
JaHUH. DTU OCTATKH OCOOEHHO YacTO BCTPEYAIOTCSA HA TTOBEPXHOCTSAX MOJIEKYJ
OeJika, SKCIIOHUPYEMBIX K JunuaaM. PazdpocanHblie cpeid HEMOISPHBIX OCTaT-
KOB TOJISIPHBIE U JaXKe 3apsHKCHHBIE OCTATKH 4acTO M30MPAIOTCS MO Ba)KHBIM
(GYHKIMOHATBHBIM TPUYWHAM W HUMEIOT TEHACHIIMIO PacIojiaraThCsi BHYTPH
CHHMPAJIBHOIO My4YKa, a HE IKCIIOHUPOBATHCS K OKPYKAIOLUIUM MOJIEKYJIaM JIH-
nugoB. Kpas TpancMeMOpaHHBIX crivpalieit (Te 4acTu crupajeil, KOTOphIe pac-
MOJIATal0TCS B 00JACTSIX TOJIOBHBIX TPYIII JIUMIUOB), KaK MPABHUIIO, O0OTaIEHBI
TpunTopaHoM U TUPO3UHOM. MoJieKkyiia OenKa OpUeHTHPYETCs B MeMOpaHe Ta-
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KM 00pa3oM, 4To ero ruapodoOHas 4acTh (C0il) BBICTpauBaeTCsl BAOJb He-
MOJIIPHBIX JIUTTUIHBIX XBOCTOB.

Baxxnasi 0cOOEHHOCTh TPaHCMEMOpPAHHBIX CIHUPAJed COCTOUT B TOM, 4YTO
yacTu OeyKa, PKCIIOHUPOBAHHBIC B ITUTOIUIA3MY, OOOTAIEHBI TOJOXKHUTEIHHO
3apsHKEHHBIMU aMUHOKHUCIIOTHBIMHA OCTaTKaMH — JIM3WHOM M apTHHUHOM, a Yac-
TU O€JKa, BBICTYMAIOIIUE BO BHEKJIETOYHOE MPOCTPAHCTBO, COAEPKAT MaJoe
KOJIMYECTBO 3TUX aMUHOKHUCIOT. Takoe aCHMMETPUYHOE paclpeiesieHue 4acTo
0003HaYaeTCs, KaK «IMOJOXUTEIBHBIA 3apsij BHYTPH» — MPABUIO PACIIOIOXKE-
HUS TIOJIOKUTEIBHBIX 3apsA0B C BHYTPEHHEW CTOPOHBI MEMOpaHBI, ACHCTBU-
TEJIBHOE MOYTH JJISI BCEX MEMOPAHHBIX OCIKOB CO CHUPATBLHBIMU MyYKaMH He-
3aBHCUMO OT OpraHu3ma U Thmna MeMOpaHHbIx cucteM (OP, anmapar ["onbxkwy,
ITa3MaTHIeckass MeMOpaHa, BHYTPSHHSISI MeMOpaHa MUTOXOHPHUNA, THIAKOUI-
HbIe MEMOpaHBbI).

TepMuH «TOMONOTUST MEMOpPaHHBIX OEIKOB» OOBEIUHSET BCE CHOCOOBI Ie-
pecedeHus MeMOpaHbl TOJIMIICTITHTHON 1IENbI0 B 000UX HANpaBIEHUAX, a B TO-
MOJIOTMYECKOM MO MEeMOpaHbl MOKa3aHa MPUOJIM3UTENbHAS JIOKATU3AIHS
TpaHCMEMOpPAHHBIX CHOHMpajied B OCIKOBOW IMEMH W WX OpHUCHTAIUA
BHYTPB/HapyXy uepe3 MemOpany (puc. 2.7). [IpaBuio pacnonoxeHus mojaoxu-
TEJIBHBIX 3apSA70B YKa3bIBaCT HA TO, YTO MECTAa B TOIOJOTHYECKON MOJIEITH C
BBICOKHM COJICP’)KaHHEM OCTAaTKOB JIM3WHA U apTrHHUHA 0OpaIeHbl K IUTO30JTI0
(WM K COOTBETCTBYIONIEMY KOMIIAPTMEHTY B MUTOXOHJIPHUSX M XJIOPOTUIACTAX ).

+

CHapyxu

+N\_+

+ 4 BuyTtpu

Puc. 2.7. Tononoruveckas MoJeib MEMOPaHHOTO OesTKa

Yactu MeMOpaHbl, 3aHUMAeMbI€ TOJIOBHBIMU TPYIIIAMH JIUTIHIOB (CIIOH C
BHEIIIHEH CTOPOHBI KaKJ0TO MOHOCIIOS TOJIIUHON TIpuMepHO 15 A°), SBISIOT-
Csl CJI0)KHO OPTaHU30BAaHHBIMHU — T'OJIOBHBIE TPYIIIBI JUIUAOB y4acTBYIOT B He-
CKOJIBKMX THUIIaX B3aUMOJACHCTBUH, BKJIIOYAs 3JEKTPOCTATUYECKHE U BaH-JEp-
BaaJibCOBBI B3aUMO/JICHCTBHUS, & TaK:Ke 00pa30BaHUE BOJIOPOIHBIX CBSI3EH.

BonopactBopumsbie Oenku, B 1IEJI0M, UMEIOT apXUTEKTYPY, TOJ00HYIO apXH-
TEKType CIUpaIbHbIX MeMOpaHHBIX OefkoB. OHAKO TpaHCMEMOpPAaHHBIC CITH-
payi MEMOpPAHHBIX OCJIKOB yIaKOBaHKI, B CpeHEM, OoJiee IIIOTHO, YEM CIIUpa-

44



JIM B pacTBOPUMBIX Oenkax. B cooTBeTCTBUM € 3TUM, HEOOJBIIKME IO pa3Mepam
AMUHOKHUCJIOTHBIE OCTATKHU (TJIMIMH, aJlaHWH) U cJ1a00 MOJSpHblE aMUHOKHC-
JIOTHBIE OCTaTKH (CEepUH, TPEOHUH U IIUCTEWH) ropa3/io yalle BCTpeYaroTcs B
COUpPAIAX MEMOPAHHBIX OEIIKOB.

MeMOpaHHble O€NKM TJIOTHO YIAKOBaHbI, TEM HE MEHEE OHU COAEpKaT
MHOTOYHMCJICHHBIC TTOJIOCTH M KapMaHbl. JTU AePEKThl YITAaKOBKH O0eCrednBa-
10T MPOCTPAHCTBO JJIsi CBSI3BIBAHUSI JIMTAHOB, IPOCTETUIYCCKUX TPYIII, JTUIHU-
JIOB ¥ MOJIEKYJ BOABL. MHOTOUNCIICHHBIC Te(PEKTHl YyITaKOBKH HAWICHBI 1 'y BO-
JIOPACTBOPUMBIX OCIIKOB.

[TormuTOMUYECKYIO0 apXUTEKTYPY HEKOTOPHIX MEMOpPAHHBIX OEIKOB MOIYIIH-
PYIOT HE-O-CIUpalIbHbIE AJNEMEHTHl. YacTO TaKMMH KOMIIOHEHTAMH SBIISIFOTCS
310-ciupanu (KOMIAKTHBIC IMOBOPOTHI), T-CIUpaau (IIMPOKHUE IOBOPOTHI) H
BHYTpHUCHHUpaTIbHbIE KUHKU (M370MbI). 31o-Crivipanu XapakTepU3ylTCs BOJO-
POTHBIMHU CBSI3IMU MEXKAY | U | + 3 aMUHOKHCIOTHBIMH OCTaTKaMH, a Ti-
CMpaJii — MEXIy | U | + 5 aMUHOKHCIOTHBIMUA ocTaTkaMu. KonuuecTBo aTo-
MoB B 1ukie (O"H-N-C'-C*-N-C"), 3aMbIKaeMOM BOZOPOIHOM CBSA3BIO B 31o-
CIIUpaJI, paBHO JAECATH. B o-criupanm BOAOPOIHBIE CBS3H 00pa3yIOTCS MEXKITY
I 1 1+ 4 aMUHOKUCIIOTHBIMHA OCTaTKaMH.

a-Crimpanu (M UX IMy4YKH) pacroioKeHbl B OMCIIOe HE EPIICHIUKYIISIPHO Jia-
TepaJbHON MJIOCKOCTH, a TTOJI HEKOTOPBIM YTJIOM HakJioHa 1| (puc. 2.8). AHanu3
pacrpe/iefieHdid yriioB HaKJIOHA O-CIHUpaliel OOJBIIOro YHcia OUTONMMYECKUX
TpaHCMEMOpPAHHBIX OEJIKOB MOKA3bIBAET, YTO MPEANOYTUTEIbHBIE YTIIbI HAKIIO-
Ha paBHbl ~20° U ~160°. B myukax yribl HaKJIOHA O-CIIUpAJIeii MOTYT OTJIH-
4aThCsl OT YKa3aHHBIX BETUYHH.

b
Yron HakJIoHa 1)

RN

Crapyxu C-oxoHuaHue

MewmOpaHa

BuyTtpu

N-oxoHUaHHE
Puc. 2.8. HaknoH a-crivpaiy B JUMHIHOM Oucioe
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AMUHOKHUCIIOTHAST TIOCIIEOBATEIPHOCTh THUIIMYHOW CIHpaIH, IMepeceKaro-
el MemMOpaHy, JObKHA OBITh TUAPOQPOOHOM, TIIaBHBIM OOpa3oM, Jisg TOTO,
qTOOBl YCTOWYMBO JIOKATM30BaThCS B OMCIIOE, a Takke OBITh CTPYKTYPOH,
CBOMCTBA KOTOPOU MO3BOJISET €i crienu(pruIecKu acCOMUPOBaTh C COCETHUMHU
CIHUpaJIsIMU B CBEPHYTOM cTpykType. CpaBHEHHE MOCIEAOBATEIHHOCTEH aMHu-
HOKHCJIOT B CIIUPAIBHBIX YJacTKax MEMOPaHHBIX U PACTBOPHUMBIX OEITKOB ITO-
Ka3bIBAET, YTO THUITBI aMHHOKHCIIOT, OOECIICYMBAIONINX B3aUMOJCHCTBUE CITH-
pasieii B MeMOpaHHBIX OelKax, HAMHOTO pa3HooOpa3Hee, YeM B paCTBOPHMBIX
OeJkax.

Crimpanb-ciupagbHOMYy B3aUMOJCUCTBHUIO B MEMOpaHHBIX Oenkax Omaro-
NPUATCTBYET psia pakTopoB: 1) Hanmuue B 6enkax MOTUBOB GXXXG (TIUIIMHO-
BbIC 3aCTEKKH) — YacTO BCTPEUAIONIUXCS IMOCIIEA0BATEILHOCTEH aMHUHOKHC-
JIOTHBIX OCTAaTKOB (HANpUMep — IUMep TIUKOGOopuHA); 2) BOIOPOIHBIC CBSI3U
trna C*—H---O Mex 1y 0cTOBaMH HOJUIIENTHIAHBIX LETIEH.

2.2.2. CTpyKTypa u CBOMCTBA UHTErpasnbHbIX 6enKkoB,
coaepXawmx -HUTH

CTpyKTypy HUHTErpajbHbIX MEMOpaHHBIX OEIKOB, COAEpKalUX [-HUTH,
pPaccMOTpPUM Ha MPUMEPE LIUPOKO PACTIPOCTPAHEHHOI'O Kilacca OENKOB, Ha3bl-
BaeMbIX nopuHaMu. [lopuHbI HaliJIeHbl BO BHEIIHUX MEMOpaHax MUTOXOHJIPUH,
IpaMOTpPHUIIATEIILHBIX OaKTepHid, Takux Kak E. coli, u xmoporuiactos. Buemnue
MEMOpaHbl 3alUINAIOT KUIIEYHble OaKTEepUW OT OMACHBIX Ui HUX areHTOB
(HanpuMep, aHTUOMOTHUKOB, JKETYHBIX COJIEH W MpOoTea3) U 00ecneuynBaroT Mo-
TJIONIEHUE U YJAICHHWE MallbIX TUAPOGUIBHBIX MOJIEKYJ, BKIIOYAs MUTATEIb-
Hble BemecTa. [lopunbl B E. cOli popmupyroT kaHaIBI )11 IPOXOXKACHUS JTU-
caxapuJ0B U IPYyTUX MaJlbIX MOJIEKY, BKIto4as docdar.

OO6pa3oBaHue BOJIOPOJIHBIX CBSI3€ B MHTETPAIbHBIX MEMOpPAHHBIX O€JIKaxX C
B-HUTAMH UIUTIOCTPUpPYETCS HA puc. 2.9.

TpancmeMOpaHHBIM CTPYKTYPHBIM 3JIEMEHTOM B [3-Oapperie siBisieTcsl 1By X-
HUTEBas [-CcKiIagyaTas JeHTa C aHTUNapAJUICIbHBIMU -HUTAMH. JIeHTa cTalOu-
JU3UPYETCS] BOJAOPOIHBIMHU CBA3SIMU MeXAy P-HuTsMu. [InmanapHocTh mentu-
HOM CBsI3M o0ecreunBaeT CKiardaTyro ¢popmy st B-nentel. bokoBbie 3amecTu-
TEJIM aMUHOKHUCIOT (Ha puc. 2.9 o6o3HaueHbl OykBOW R) BBICTYyHaroT BbIIIE U
HIKE TUIOCKOCTH JIeHThl. Ha puc. 2.9, ¢ moka3zaHa Takke MOJENb CTPYKTYpPhI
MOJIEKYJIBl TJIABHOTO KOMIUIEKCa THCTOCOBMecTUMOCTH kiacca |. B-Hutu B
ATOM MoOJIeKyJe (Kak 1 BO BCEX JAPYTHUX Oenkax ¢ B-HUTSIMU) HaIpaBJICHbl aHTU-
napamuiensHo. B-HuTu cBsi3aHBl BOJOPOAHBIMH CBSI3SIMH. B Monekyne 3Toro
Oenka BoceMb [B-HuTed GOpPMUPYIOT YriyOJeHHe, B KOTOPOM PaCIOIOKEHBI
JIBE 0L-CIIUPAITH.
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Puc. 2.9.Ctpykrypa -HUTEH B HHTErpAIbHBIX OJIKax:
a — TIpOoCTas IByXHUTEBas -CKiIaguaras JCHTa C aHTUIApaUIeTHBIMHU 3-
HUTSIMH, 6 — BUJ B-JI€HTHI COOKY, 8 “MOJIENIb CTPYKTYPBI MOJIEKYIIbI TJIaB-
HOTO KOMILIEKCa THCTOCOBMECTHMOCTH Kiacca |

2.2.3. Nepudepnyeckme memopaHHble 6enku

YcraHoBIEHBI TpH croco0a CBA3bIBaHUS Tepudepudecknx OEITKOB ¢ T0-
BEPXHOCTSIMH MEMOpaHbI: B3aUMOJICUCTBHUE MepupepUIeCKUX OCITKOB C MHTE-
TpaIbHBIMU OCJIKaMH, B3aMMOJICHCTBHE MeprupepruIecKux OCIIKOB C JTUTTHIaMU
MeMOpaH M YacCTHYHOE BCTpaWBaHUE mepudepuyeckoro Oeyka B JUMUIHBIN
oucnoit. [lepudepuueckne OenKH JIOKATW30BaHbl KaK HA IIMUTO30JbHOM, TaK U
Ha JK30IJIa3MaTUYECKON MOBEPXHOCTIX MEMOpaHbl U CBSI3aHBI C TUAPODUIIb-
HBIMH TPyNIaMU JUIUAOB W/WIK JAPYyrux OeNKoB He KoBaseHTHO. [lepudepu-
yeckue OeKM Ha BHENIHEH MOBEPXHOCTU IJIa3MaTUYeCKOW MeMOpaHbl U IK30-
MIa3MaTUYECKUE TOMEHBI MHTErPATbHBIX MEMOPaHHBIX OEITKOB YacTO MPHUKpPE-
IUISIOTCS B OKCTPAKJIETOYHOMY MAaTPUKCY WM KJIETOYHOW CTEHKE, OKpYKaro-
MM OaKkTepuadbHbIe U PACTUTENbHbIE KJIETKH, COOTBETCTBEHHO. [Ipumepamu
nepudeprudeckux O0EIKOB U UX KOMILJIEKCOB SIBJISIIOTCS CIEKTPUH M allbJlojia3a
MeMOpaHbl IPUTPOLIUTOB, pUOOCOMBI TpanyssipHOro DP u npyrue.

B3aumoneiicreue nepudepudeckux 0ejqKoB ¢ JunuaamMu. Yacte nepu-
dbeprueckux OETKOB CBSI3BIBAETCS AJIEKTPOCTATUYECKH C MEMOpPAHHBIMU JIUITH-
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namMu. Y MeMOpaHHOro uHTepdeiica MmojaoKUTeIbHbIE 3apsiibl OCHOBHBIX aMU-
HOKHCJIOTHBIX OCTaTKOB O€JKa B3aMMOJIEUCTBYIOT C OTPUIIATEIIbHBIMU 3apsijia-
MU T'OJIOBHBIX TpyTI (PochounuaoB OUCIOs.

MexaHu3Mbl B3aUMOJICHCTBUI OETOK—JIMIU €Ille MOJIHOCThIO HE MCCIIE0-
BaHbl. HO y»e u3BeCTHO, HapUMeEp, YTO AaHHEKCHHBI — CEMEUCTBO KaJlbLWN-
CBSI3BIBAIOIIUX OEJIKOB, MPUHUMAIOIIUX YYacTHE B PEAKIMIX MEMOpPaHHOTO
CIHsIHUSA, TeCHO cBs3bIBatOTCs ¢ OC. MoTopHbIii 0e10K MUO3UH-1 Takxke CBs-
3piBaeTcst ¢ OC. CBs3pIBaHME BOJAOPACTBOPUMBIX (pepMEHTOB (Hampumep, (hoc-
dbommmas, kuaa3 win Gocdaras) ¢ TOBEPXHOCTHI0O MEMOpAHBI B PsE CIydacB
MIPUBOJNT K X aKTHBAIUH.

AHanu3 TeHOMHOM MOCJEA0BATEIbHOCTH BBISBHIJI HECKOJIBKO IUPOKO pac-
MIPOCTPAHEHHBIX JIUITH]I-CBSA3BIBAIOIINX JOMEHOB B Oenkax (Tadin. 2.2).

Tabauya 2.2
PacnpocTpaHeHHble JTMIH/I-CBA3bLIBAIOIINE JOMEHBI B 0eJIKax
Homen Jlurann PacnipocTpaHeHHbIe O€JIKH C TAHHBIM JJOMECHOM
PH OUD,, PUD3 | docthonunaza C,1, mporenHkrHasa B, miekcTpun
C2 Kucnelie [Tporennkunaza C, ®U-3 kuHaza, docdonmmnasa,
dochomumuasl | PTEN docdarasza

AnkupuHoBbIl | @C AHKUpUH

MIOBTOP

FERM DOUD, benox monocer 4.1, 33puUH, pagMKCHUH, MOE3WH
(Oenku, urparoiue pojib B CBI3bIBAHUM aKTHHOBO-
ro IUTOCKEJIETa C MIa3MaTHYeCKOH MeEMOpaHoil)

Hampumep, nomen miekctpunoBoit romoniorun (PH), koTopslit cBs3biBaeT
nBa tumna (pochopmmmpoBaHHbIX (PochaTHIUTUHOZUTONOB, SBISETCS OJUHHA-
JATBIM W3 4YHUCiIa HauboJiee PacCpOCTPAHCHHBIX JIOMEHOB MPOTEHUHOB, KOJH-
PYEMBIX B T€HOME YeJIOBEKa. DTOT JOMEH ObLT MEpBOHAYAIBHO HAWICH B TIJICK-
CTpuHE — Oenke TpoMOOIMTOB. BhIcOKas yacTora BcTpedyaeMocTu qomeHoB PH
yKa3bIBaeT HA TO, YTO OCNKH, JIOKAJTU30BAHHBIE y MOBEPXHOCTH MEMOPAHHI,
BBHITIOJTHSIOT MHOTHE BakHble (QyHKIUH. Jlpyrwe pacmpocTpaHCHHBIC JIATIHI-
cBs3bIBaronue n1oMeHnl — 3170 C2 u FERM. [lepBoHauanibHO OTKPBITHINA B MPO-
tenHkuHaze C qomeH C2 CIIy»KUT MUILICHBIO JJIsl pa3IMUHbIX KWHA3, Qocdaras
u ¢ocdonumnas.

N3BecTHO, uTO hocdonumaspl TUAPOIUZUPYIOT KOBAJIEHTHBIE CBSI3H B TO-
JOBHBIX Tpynmax ¢GochomumuaoB. ITH (GEpPMEHTHI UTPAIOT BAKHYIO POJbL B
TPAHCAYKIIMM CHUTHAJIOB B KJIETKaX, B JErpajaliud MeMOpaH IMOBPEKICHHBIX
WIN CTAPBIX KJIETOK W SBISIIOTCS aKTUBHBIMH MOJICKYJIAMH MHOTHX 3MEHHBIX
am0B. Mexanusm jaeictBusi pochonumnassr A, WUTIOCTPUPYET, KaK BOJOpAC-
TBOPUMBIE (P€PMEHTHI MOTYT OOpAaTUMO B3aUMOJICHCTBOBATH C MEMOpaHaMHu U
KaTaJIM3UpOBaTh peakiuy y uHTepdeiica BogHas (a3a — MOBEPXHOCTh OUCIION
(puc. 2.10).
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Koria 3TOT (pepMEHT HAXOMMUTCS B BOJHOM pacTBope, ero Ca’'-CBsi3biBaio-
MM aKTUBHBIN LIEHTP MOTPY’KEH B KaHaJ, BBICTIAHHBIA THAPO(OOHBIMU aMU-
HokucinoTamu. Poconunaza A, CBSI3bIBACTCS ¢ HAaHMOOJBIIUM CpPOJICTBOM C
oucnosiMu, cHOPMUPOBAHHBIMU U3 OTPHUIATEIHHO 3apsKEHHBIX (HOCPOTUIHIOB
(manpumep, @3). Ha ctpykTypHOi Moaenu (hepMeHTa MoKa3aHa MOBEPXHOCTh
B3aMMOICHCTBHs (epMEeHTa ¢ MEMOpaHOH. JTa MOBEPXHOCTh CBSI3bIBAHUS CO-
JIEPKUT TOJOKUTEIBHO 3apsDKEHHBIE OCTAaTKU aprHHUHA U JU3UHA, OKpPYKaro-
M€ TMOJOCTh KAaTaJIUTHUYECKOTO aKTUBHOTO IEHTPA, B KOTOPOH CBSA3BIBAETCS
cyocTpat (Jumm).

[Tpu nmocaake gpepMeHTa Ha MEMOpPaHy MOJIOKUTEIHHO 3apsKEHHBIE aMUHO-
KHUCJIOTHBIE OCTaTKM B3aUMOJCHCTBYIOT C OTPULATEIbHO 3apsSKECHHBIMU
HOJIIPHBIMU TpyNIaMH JIMIIUJOB Ha MOBEPXHOCTH MeMOpaHbl. CBs3bIBaHUE
(depMeHTa MHULMUPYET €ro KOH(OPMALMOHHOE HM3MEHEHHE C OTKPBITUEM
MOJIOCTH, BBICTIAHHOW THUIPO(YOOHBIMU aMHUHOKHCIOTaMH. Kak ToibKO
docomunua nepemMenaeTcss B IMOJOCTb, ACCOLMHPOBAHHbIE C (EPMEHTOM
vousl Ca®* cBs3bIBAlOTCA ¢ (OCdATOM TOTOBHOH TPYIIIBI, MO3UIHOHHPYS
3(UpPHYIO CBSA3b, KOTOPAs 3aTEM PACUICIUISIETCS] B aKTUBHOM LIEHTPE.

Puc. 2.10. Cxema neiictBus ocdonumnazst Ay.
a — mojenb dochonumasel Ay, 6 - cxema Karanusza Gocdonumnazoit A,
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YacTuyHoe NMPOHMKHOBEHHE B JIMIUAHbIA OUCI0H. B TeueHne MHOrux
JIET CYUTAJIOCH, YTO OEJIKK MO0 MepeceKkaroT MeMOpaHy (ouH uiu 6ojee pas),
a1M00 CBSI3aHbI C MOBEPXHOCThIO MeMOpaHbl. OAHAKO HEKOTOPBIE MENTHIHbIE
A]1bl, TAKAE KaK MEJUIMTUH, BCTPAUBAIOTCA B MOHOCJIOW JIUIIUIHOTO OUCIIOS, TO
€CTh YaCTHUYHO MPOHHMKAIOT B JUNUAHBIA Oucioi. ['mapodoOHbIe a-crimpamn
npocTarianauH-H,-CuHTa3b 3asKopuBatoT GepMeHT B MeMOpaHax, TakyKe Jac-
TAYHO MMPOHUKAS B JIUTTATHBIN OUCITOMN.

Accoumanus nepudepruyecKux 0€JIKOB ¢ HHTErPAJbHBIMH OeJIKAMU.
Mmuorue nepudepudeckrie OCIKU CBA3aHBI MPSMO WJIM KOCBEHHO ¢ MHTETPaJb-
HBIMM MeMOpaHHbIMU Oenkamu. Hampumep, nepudepuueckue Oenku cBsi3bIBa-
I0TCS LIUTOIJIA3MATUYECKUMU JJOMEHAMH MHTETPAIbHBIX MEMOpPAHHBIX OENKOB,
TaKMX KaK KaTeHUH-CBS3BIBAIONIME TpaHCMEMOpaHHbIE aJre3uOHHbIC OEIKU
(xaarepuHsl). ITu 6eI0K-0EIKOBbIE B3aUMOJCHCTBUS MOTYT 00ECIIEYMBATh BbI-
COKYI0 Cenu(pUYHOCTh U 00Jiee BHICOKOE CPOACTBO, YEM B3aMMOJICHCTBUE Tie-
pudepuyeckux O0eIKOB ¢ MEMOpaHHBIMU JUNUAaMH. benok-0enkoBbie B3auMO-
JEUCTBUSL TaK)Ke 00eCleunBaloT MyTH Nepenayn uHdopMaluu yepe3 Memopa-
Hy. CBSA3bIBaHME JIUTaHJa SKCTPAKJIETOYHBIM JIOMEHOM TPaHCMEMOPAHHOTO pe-
LENTOpa MOXET U3MEHSITh KOHPOPMAIUIO €r0 UTOIIa3MaTUYECKOTO JIOMEHA,
obOecrieunBas B3aUMOJACHCTBHUE C IIUTOIIA3MATUUECKUMHU, TPAHCAYLUPYIOIIUMHU
curHai OeJKaMu.

Ilepudepuueckne OeJku M MeMOpaHHBIH HMTOCKeJeT. MeMOpaHHBIN
CKEJIET Ha IMTOIIA3MATHUYECKOW MOBEPXHOCTH IIa3MAaTUYECKONH MeMOpaHBbI
SPUTPOIUTOB WILTFOCTPUPYET B3aUMOJICHCTBUE MepuPepuuecKknx U UHTErpalib-
HBIX OCJIKOB.

JIBa Tuma MHTErpajJbHBIX OCJIKOB — aHUOHHBIN MEPEHOCUUK, OETIOK TOJIOCHI
3, U TIMKOQOpPUH — 3aSKOPUBAIOT JIBYMEPHYIO CETh OEJIKOB Ha MeMOpaHy.
['maBHBI KOMIIOHEHT 3TOW CETH — CIEKTPUH — JJIMHHBINW, OABUXHBIN, TETPA-
MEpHBIA, aKTUH-CBSI3bIBIOIINNA Oenok. pyroii cBs3pIBarolnii OEIOK, Ha3bIBae-
MBIl aHKUPUHOM, CBSI3bIBA€TCA C 00OMMHU OENKaMU: MOJOCHI 3 U CHEKTPUHOM.
Bcro sanacTuuHyr0 CIEKTPUHOBYIO CETh CBA3BIBAIOT 0Kk0J10 35000 y310B, coeau-
HAIOIIUX KOPOTKUE aKTUHOBBIE (DUJIAMEHTHI U aCCOLIMUPOBAHHBIC OETKU. DTOT
MeMOpaHHBIA CKEJIeT YKpeIUIseT OHUCIION, MO3BOJISIET KJIETKE AJIaCTUYHO BOC-
CTaHaBJIMBATh POPMY, MOCIIE TOrO KaK OHa JIePopMHUpYETCs TIPU TPOXOKIACHUN
yepes y3KHue KpPOBEHOCHBIE KAUIUISIPBI.

2.3. niMnna-3AAKOPEHHBIE MEMBPAHHbIE BEJIKUA

Jlunui-3asikopeHHbIe OCTTKU SBIISAIOTCS PAaCTBOPUMBIMH TJIOOYJISIPHBIMU O€JI-
KaMH, KOBJICHTHO CBSI3aHHBIMHU C KUPHBIMU allWJIBHBIMH, MOJUNPEHUIbHBIMU
WJIU TJIMKO3UPOBaHHBIMU (pochaTuaumuuozutoibabiMu Tpynmnamu (GPI), koto-
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peie BHEApPEHBI B MeMOpany. Jlunua-3askopeHHbie MeMOpaHHbIC OETTKN CBSI3bI-
BAIOTCS KOBAJICHTHO C OHOW WM OOJBIIUM YHCIOM MOJIEKYJ JTUMHUIOB MEM-
Opanbl. Takum 00pazoM, TUAPOPOOHBIEC YTIIEBOAOPOIHBIC IIETIH JTUTUIHBIX MO-
JICKYJI, IPUKPEIUICHHBIX K OCNKY, 3asKOPUBAET OEIOK B MOHOCIIOE MEMOpAHEI.
[TonmunenTuaHas uenes 3TUX 0eNKOB B GochoaunuaHelii OUCION He BCTpanuBa-
ercst. Takue Oenku MUPOKO MPEACTABICHBI B 3YKapHOTHYECKUX KieTkax. Hau-
OoJee pacmpOCTPAHCHHBIE THUIIBI JIMIN-3asTKOPCHHBIX OEJKOB IMOKa3aHbl Ha
puc. 2.11.
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Puc. 2.11. 3asxopuBaHue O€JIKOB B IJIa3MaTHYECKOW MeMOpaHe:

a — 6esok Thy-1 1 HEKOTOpPbIE THAPOIUTHYECKIE (PEPMEHTHI 3asKOPUBAIOTCS TIMKo3mwiIdocha-
tuaumuao3utosioM (GPI) ¢ ak30mmIa3MaTHYeCKOi CTOPOHBI MEMOPAHEL; 6 — HEKOTOPBIE IIUTO-
30JIbHBIC O€JIKH, BOBJICUCHHBIC B KJIETOYHYIO CHTHAIM3AIIMIO, HanpuMep Ras, 3askopuBaroTcs ¢
IIUTO30JILHOM CTOPOHBI 4epe3 (papHE3UITbHBIC U MATbMUTOMIBHBIC TPYIIIIBL; 6 — PS IATO30JIb-
HBIX OEJIKOB aCCOIMUPYETCs C MEMOPaHOI Yepe3 MUPUCTAT WIIH JIPYTHE )KUPHBIC KUCIIOTHI,
npukperuisieMbie K N-TepMHHAIBHOMY OCTaTKY TJIMIMHA

Bce nunua-3askopeHHble OeIKd MOKHO Pa3JeuTh Ha JIBE€ TPYIIbI B 3aBU-
CUMOCTH OT PACIIOI0KEHUS MOHOCIOSI, B KOTOPOM JIMIU/IHBII KOMIIOHEHT OeJl-
Ka 3afKOpPUBAETCA: LUTO30JbHBIC JUNUI-3aIKOPEHHbIE O€NKH (BHYTPEHHUUN

MOHOCJIOM OMCIIO0S) ¥ AK30IJIa3MaTHYECKUE JIMITUI-3asIKOPEHHbIE OeKK (BHEIII-
HUM MOHOCJIOM).
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2.3.1. UuTto3onbHble NUNUA-3asskopeHHble 6enku

HekoTopsle Oenku 3asiKOpeHbI ¢ LIUTO30JIbHOM CTOPOHBI MEMOpAH YIJIEBO-
JIOPOJTHBIMM OCTaTKaMH, KOBAJIEGHTHO MPUKPEIUIEHHBIMU K IIUCTENHY BOIM3U C-
OKOHYaHM: alujbHas rpynmna >KUPHOM KUCIOTHI, HAIlpUMEpP, MUpPUCTATa WU
NaJbMHTATa, CBA3BIBAECTCA AMUIHOU CBs3bl0 C N-TEepMUHAIBHBIM OCTATKOM
rnunuHa. B aTix Oenkax N-TepMUHAIBHBIN SIKOPh HEOOXOAUM I yIEp>KUBa-
HUs Oenka y MEMOpPaHbl U MOXET UrpaTh BaXKHYIO poJib B 0OecrieueHuu (PyHK-
uii MmemOpan. Hanpuwmep, V-Src, mytanTHast ¢opMa BHYTPUKIETOUHON THPO-
3UHKHHA3bl, OHKOTE€HHA W MOXET TpaHC(HOPMHUPOBATh KIETKH, TOIBKO KOTa
OHA COAEPKUT MUpUCTOMIIMpOoBaHHOE N-OKOHUYaHUeE.

AuunrpoBaHHe SBISETCS KOBAJICHTHBIM MPUKPEIUICHUEM KUPHBIX KUCIOT K
oenkam (puc. 2.12). B cOOTBETCTBUU C TUIIOM CBSI3bIBAHUSI U TUIIOM KUPHBIX
KHCJIOT, BOBJICUEHHBIX B al[MUIMPOBAHUE, PA3IEISIIOT ABA TUIA allUJIMPOBAHUS:
N-tepmuHansHOoe MupuctounupoBanue (N-amunupoBaHue) U NMaJTbMUTOWIH-
poBanue (S-anuimMpoBaHue).

0,

H
i \N—CQ 0
0 IQH—« R, Q &N >_
N 0 S—CH, N-CH
Ny Doaoun /\CH—\< I
(aMMHOOKOHYaHHE HY O
Oenka) " Tlucreun
Mmupuctonnopas Kuca0Ta MupucTounnosas KMciI0Ta
(BHEPEHa B OHCITON) (BHEPEHA B OWCIION)

Sh

a

Puc. 2.12. nmroctpanus CBA3bIBAHNS MUPUCTOMIIOBON KUCIIOTHI
C TIIMIMHOM (a) WK HUCTEUHOM (6) Oenka

MupucTOMIMPOBaHUE — PEaKIMsl MPUKPEIICHUsST MHUPUCTATa, OCTaTKa MHU-
PUCTUHOBOM KHUCJIOTHI, K aMHHOTpyIIe mmiuHa Y N-OKOHYaHUs dyKapuOTH-
YECKUX M BHUPYCHBIX OenkoB. Mwupucrat nobamisieTcss Kk amuHorpymme N-
TePMUHAIBHOTO TIUIMHA B TMporecce OwnocuHTe3a HdThx OenkoB. N-
TePMUHAIBPHOE MUPUCTOMIMPOBAHNUE — HEOOpAaTUMBIN Tiporiecc. MUPUCTOMITH-
pOBaHUE MPOUCXOIUT MPU HATWYUM TiuiHa Yy N-OKOHYaHMS, OJTHAKO HE BCE
OeNKY, UMEIOITUE TIUIMH B TAKOM TMOJIOKCHHH, allIIMPYIOTCS. MupucToniu-
pOBaHHME TaK)K€ 3aBUCUT OT TIOCJIEIOBATEIBHOCTH aMHUHOKHCIOT B OelKe.
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[IpeanoyTUTENbHBIMU CYOCTpAaTaMU SBJISIFOTCSL OCJIKH C CEPUHOM WJIM TPEOHU-
HOM B IIECTOM IOJOXEHUU U OCHOBHBIMM aMHHOKHCJIOTAMHU B CEIbMOM I0JIO-
KEHUHU.

BHenpenne ONMHOYHOM alMIBHOW LENMU KUPHOM KHUCJIOTHI B JIMIIHIHBIN
Oucnoii He obecreynBaeT JOCTATOYHOM YCTOMYMBOCTH, MO3TOMY TOJBKO MPH
JOTIOJTHUTENBHOM BKJIAAE 3JIEKTPOCTATUYECKOTO B3aUMOJECHCTBUS MEXKAY OC-
HOBHBIMH OOKOBBIMU IIETISIMH OEITKOB W TOJIOBHBIMU Tpymnmnamu ¢ocgoriauiie-
punoB Oenok mpukpemsiercs k memOpane. [Ipu dochopunupoBanr HEKOTO-
pbI€ MUPHUCTOMIMPOBAHHBIC OCJTKM MOTYT OTIICIISATHECS OT MEMOpaH W3-3a W3-
MEHEHHUS XapaKTepa JJIEKTPOCTATUYECKUX B3aMMOAECUCTBUNA. MUPHUCTOMIMPO-
BaHHbIC OENKU HAWCHbl B BHYTPUKJICTOYHBIX KOMIAPTMEHTAX, TAKUX KaK $1]I-
PO, PHIIOIUIA3MATUYECKUM PETUKYITYM, a TAaK)Ke B TUIA3MaTUYECKUX MeMOpaHax.
MupuctounupoBaHHbie O€JIKM y4acTBYIOT B TpaHCAYyKIMH curHaia. Harmsn-
HbIMU IpuMepamu ciryxaT TAM®-3aBucumas NpoTEMHKHHA3a A U HEKOTOPbIE
KMHa3bl cemeiicTBa SIC, docdaraza KaldbIMHEHPUH U OOJBIIUHCTBO O-
CyOBeIUHUI TeTepOTpUMEPHBIX G-0TKOB.

[TanbMUTOMIMPOBAHUE MPOUCXOAUT MPHU MOCTTPAHCIAIIMOHHOM TMPUKPEI-
JICHUU JIJTMHHOIETIOYEUHBIX KUPHBIX KUCJIOT 4epe3 THOIUPHYIO CBSI3b K IUC-
TEMHOBBIM OCTaTKaM Oenka (MOATOMY Tmporiecc o0OO03HadaeTcs Kak S-
alUIIMPOBAHUE).

[To kpaiiHeil Mepe, B HECKOJIBKUX O€NKax MalbMUTOMIMPOBAHHE 00paTUMO,
YTO 00ECIEUNBAET PETYISIUIO JIOKAJTM3AMKU OeKa B KJIETKE U €ro (QyHKUIHUM.
B S-anunupoBanHbIX Oenkax rnpeobiagaronieii >KUpHOM KUCIOTOM 4acTo sIBJIs-
€TCs MaJIbMUTHUHOBAS, HO BCTPEYAIOTCS U APYTUE KUPHBIE KUCIOTHI, TAKUE KaK
MUPUCTUHOBAS, CTEAPUHOBAsI, OJIEMHOBAs M JaXke apaxujoHoBad. [lanbmuToun-
JUPOBAaHHBIEC OCTKM Yallle BCEro MPUCYTCTBYIOT Ha KJIETOYHOW MOBEPXHOCTH, a
TaKK€ Ha OpraHeJlax CEKPETOPHOIO WIIM 3HAOLMTApHOro myteil. Takum xe
o0pa3oM 3asiKOpEHbI B JIMIHIHBIA OWCIION pelenTopsl, compspkeHHbie ¢ G-
Ooenkamu. HebGompimoe 4uciao maabMUTOMIMPOBAHHBIX OEJIKOB OBLIO OOHApY-
J)KEHO B JPYTUX OpraHesjiax, Hampumep, MUTOXOHIPHUSX.

B otnuuue oT anwiMpoBaHMs, IPU KOTOPOM aMUHOKHUCIIOTHI O€lKa CBSI3bI-
BAIOTCSA HAMPSIMYIO C KUPHBIMH KHUCJIOTAaMHU, UMEIOTCSI U TUAPO(HOOHBIE MOH-
dbuxanuu Oenka, TP KOTOPBIX KUPHBIE KUCIOTHI COSTUHSAIOTCSA ¢ OEJIKOM 4Ye-
pe3 U30IMPEHOUIBI, XOJIECTEPUH WM TJTUKOJUITUIHBIA SIKOPb.

Bonbiryto rpyniy JumnuI-3asKOPEHHBIX [IUTO30JIbHBIX OEJIKOB COCTaBIISIOT
MPEHWINPOBAHHBIE OCTTKH, SKOPSIMH Y KOTOPBIX SBJISIOTCS (hapHE3UIIbHBIC, T'e-
paHUITEpaHUIbHBIE U MPEHWIbHBIEC TPyNIbI (puc. 2.13). OTH NpeHUIbHbBIE SIKO-
Pl IOCTPOEHBI U3 U30MPEHOBBIX MOHOMEPOB.

[IpenunupoBanubie Oenku (HOPMHUPYIOTCS W3 W3OMPEHOMIHBIX €IUHUIl —
dapnesuna (coaepkutT 15 aromoB yriiepoaa) wim repanuirepanuna (20 ato-
MOB yTJiepojia) — uepe3 THOIUPHBIC CBA3U C MUCTEMHOM y C-OKOHYAHUS WU
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BOIM3KU HEro. DTHU OENKM TOJBEpPraloTcs XMMUYECKONM Mojaudukanuu B He-
CKOJIbKO 3TanoB. CHauana SKOPHbIN OCTaTOK (popMupyer THOAIPUPHYIO CBSI3b C
THUOJIOBOM TPYNION LIMCTEMHA, KOTOPHIMA SIBJISETCS YETBEPTHIM AMHUHOKHUCIOT-
HBIM OCcTaTkoM OT C-oxoHYaHms Oenka. MoauduimpoBaHHBIN OEIOK TOBEP-
raeTcs 3aTeM MPOTEOIN3Y U METUIIMPOBAHUIO; B 3TUX PEAKIUAX yAAJSIOTCS TPpU
TePMHUHAJIbHBIE AMUHOKUCIIOTHBIE OCTaTKa M I00aBIII€TCS METUIIOBas rpymnmna K
HOBOMY C-OKOHYaHHUIO. B HEKOTOPBIX ciayyasx aliIbHbIC TPYIIHI MaIbMHUTATA
bopMHpYIOT THOA(PHUPHBIE CBSI3M C OMMKANUIIMMHU IIUCTEMHOBBIMU OCTAaTKaMH,
KOTOpBIE TMOBBIMIAIOT YCTOWYMBOCTD MPUKPEIUICHUsT Oenka K MeMOpane, obec-
ne4YnBasi TOMOJHUTEIbHBIC KOPSI.
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Puc. 2.13. CtpykTypa NpeHUIHPOBAHHBIX OEIKOB:
a — S-papuesun, 6 — S-repaHUITepaHUIT

N3onpenonanpiii ((papHE3UIBHBIN) XBOCT M00aBISETCS MOCTTPAHCISAIIMOH-
HO K OOKOBOM IIeNM OcTaTKa IicTenHa BOMM3U C-OKOHYaHUS MHOTHX OCJIKOB,
HaIMpuMep, KOHTPOJIUPYIOMINX TPAHCAYKIIMIO CHUTHANA, KJICTOYHYIO Mpoiude-
panuio, aare3uro, aromnTo3 U JAPyrue mpolecchl B kKieTkax. benku cemeiicTBa
Rho oObIuHO comepxar repanuiarepanui. [IpeHuupoBaHHbBIE OCIKH pacrpo-
CTPAaHEHBI B KJICTKaX MJICKOIUTAIOIINX, TJE MX YHUCIO COCTABISAET MPUMEPHO
2% ot o0111ero unciia 0EIKOB, a TAKXKE B PACTEHUSIX U MUKPOOPTraHU3Max.

2.3.2. JK3onnasmaTuyeckme nunNua-3asaskopeHHble 6enku

Hekoroprpie Oenky y KJIETOYHOW TOBEPXHOCTH W TSHKEIBIC TIUKO3HIUPO-
BaHHbIE TJIMKaHbl BHEKJIETOUHOIO MATpPUKCA CBS3BIBAIOTCS C TPETHUM THUIIOM
JUNUA-3aSKOPEHHBIX O€JIKOB. DTH OEJIKM 3asIKOPEHbl C 3K30IUIa3MaTUYECKON
CTOPOHBI TJIa3MaTUYECKOW MEMOpPaHbl CIOXHBIM TIIMKO3UIUPOBAHHBIM JTUIHU-
JIOM, KOTOpbIN cBsA3bIBaeTcs ¢ C-okoHuanuem Oenka. OOIIUM MTPUMEPOM TaKO-
ro tuna skops ciayxuT riaukosuiadocharuammmHosuton (GPIl). Crpykrypa
GPl-sxopeit BappUpyeT OT KJIETKHM K KJIETKE. JK30IJIa3MaTUYECKHUE JIUIU-
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3asIKOpPEHHbIE OCNIKU cojepKaT OOBIYHO JABE aluibHbie rpyrmmbl, N-areTu-
[IFOKO3aMUH, MaHHO3y W mHO3uTON (puc. 2.11, a). Kapbokcunpnas rpynmna C-
TEPMUHAIBHOM aMUHOKHUCIIOTBHI COEIMHSIETCS Yepe3 aMUIHYI0 CBsi3b ¢ DI, KO-
TOPBIN TMPUKPEIUIBIETCS K OJUTOCaXapuy, COCTOSIIEMY W3 OCTATKOB MaHHO3bI
U OJIHOTO OCTaTKa ToKo3amuHa. Oaurocaxapuj, B CBOIO O4Yepe/lb, MPUKPET-
asietcest k U, Bueapennomy B memOpany. GPI-sxops oOHapyxeHbI B KIETKaxX
TKaHel ®KUBOTHBIX. K 3TOMy Kitaccy O€TTKOB OTHOCSITCSI HECKOJIBKO (PEPMEHTOB,
BKJIIOUasl IIENIOUHYI0 (ocdaTady U aleTUIXOJIUHICTEPaAsy, a TaKKe aare3noH-
HbIe OCIIKY M aHTUTCHBI KJIETOYHOM moBepxHocTH (Thy-1). B ombiTax ycTaHOB-
JI€HO, YTO Hanu4ue (HOCHOTUMUAHOTO SAKOPS HEOOXOIUMO M JOCTATOUHO IS
CBSI3bIBaHMS ATHX OCJIKOB ¢ MemOpaHoil. Hampumep, ob6paboTka kieTok ¢oc-
domumnazoit C BBICBOOOXKIAET TNIMKO3UI(POCHATUAMIMHOZUTOI-3aIKOPEHHbIE
Oenku, BKIro4as 6enok Thy-1 u menounyro ¢ocdarasy, ¢ KIETOYHON MOBEPX-
HOCTH.

Xotst GPl-3asikopeHHbIe OENIKU U aliII-3asIKOPEHHBIE OCJIKU PACTIOI0KEHBI C
MPOTUBOIIOJIOKHBIX CTOPOH MeMOpaHbl, 00a THUIla OEJIKOB KOHLIEHTPUPYETCS B
TUnUAHBIX padTax. HampoTwus, mpeHMIMPOBAHHBIE OSIKU B TUMUAHBIX padTax
HE OOHapYKEHBI.

2.4. YITNEBOObI BUOJIOTMYECKUX MEMBPAH

VYrieBosbl — OOJBIION KJIACC OPraHUYECKUX COCAMHEHHM, BKIIOYAIOIIUN
MOHOCAaXapuabl, OJIMTOCAXapuabl W MonHucaxapuabl. MeMOpaHHbIE YTIIEBOIbI
COCTaBJISIIOT NpuMepHO 3 % Beca KIETOYHbIX MeMOpaH. Bxoxsiiue B cocTaB
MeMOpaH yrJIeBOJbl KOBAJICHTHO CBSI3aHbBI JIMOO C TUMUAAMU, JIMOO ¢ OelKamu.
[Ipu KOBaJICHTHOM CBS3BIBAHUU YTJIEBOJIOB C JTUMUIAMU 00Pa3yrOTCs TJIMKOIU-
MUJBI, & TIPU CBS3BIBAHUM C OCTKaMH — TNIMKOMPOTEUHBI. DYHKIIUU TIIHKOIPO-
TEUHOB U TJUKOJIMIIUJIOB COCTOST B U3MEHEHUU MEXAaHUYECKHX CBOMCTB IO-
BEPXHOCTU KJIETOYHOW MEeMOpaHbl, 3asKOPUBAHUU KIJIETKHU B OMPEIEICHHOM I10-
JIO’KEHUU, YIACTHH B JTIOKOMOIIMH, (YHKITMOHUPOBAHUH B KQ4E€CTBE PEIIETITOPOB
MIPU CBSI3bIBAHUU CIIEIM(PUUECKUX IKCTPAKICTOYHBIX COCIMHEHUI (JIMTAHIOB) U
T. 1. Kpome TOro, yrieBojasl y4acTBYIOT B MPOLIECCAX Y3HABAHUS HOPMAaJIbHBIX
U TpaHC(HOPMHUPOBAHHBIX KJIETOK, BOBJICUCHHBIX B UMMYHHBIN OTKJIMK, HAIIpHU-
Mep, rpynna kposu (A, B, AB unu O) onpeznensiercsi IpUCyTCTBUEM WJIU OT-
CYTCTBHEM MEMOpaHHBIX TJIMKOJUIUIOB Yy 3SpUTpouuToB. AHTUreHBl ABO
Ipynn KpoOBU 4YeJOBEKa SIBISIOTCS ofurocaxapuaamu. Ha moBepxHocTH MeM-
OpaH SPUTPOIIMTOB OOHAPYKEHO CBBILIE IECATKA PA3IMUYHBIX OJIUTOCAXAPHUIOB,
KOBAJICHTHO CBS3aHHBIX KaK ¢ OeIKaMH, TaK U JUMUJIaAMH MEMOpaH, XapaKTepu-
3YIOIIUX AHTUT€HHBIE AETEPMUHAHTHI IpyII KpoBU. Onurocaxapuyibl MOTYT
cozepkath oT 2 110 26 (uHOTAa 1 0O0JIBIIIe) MOHOCAXAPHUIHBIX OCTATKOB pPa3iny-
HOT'O XMMHYECKOTO cTpoeHus. B mpupoae Bcrpeuaercs coie 120 MoHocaxa-
PHUIOB, OJTHAKO B COCTAB CTPYKTYPHBIX €AMHUI] KJICTOYHBIX MeMOpaH (TIMKO-
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MIPOTEUHOB U TJIMKOJMITH/IOB) BXOAAT 9 MOHOCAaXapuI0B.

[IecTs 13 HUX — TIpOCTHIE caxapa: Tioko3a (Glc), ranakrosa (Gal), MaHHO3a
(Man), dyko3a (Fuc), apabuno3sa (Ara), kcuiosa (Xyl). B yrimeBoansie Komrmo-
HEHTHI MEMOpaH BXOJAT TaKXKe caxapa, CoAepKallue aleTHIaMUHOTPYIbL: N-
anetmrioko3amMul  (GIcNAc) u N-anetunranakrozamus (GalNAc), a Takxke
CHAJIOBBIE KUCIIOTHI U hochoMOHOCaxapuIbl (HampuMep, MaHHo3a-6-(ocdar).

[IpocTeie caxapa, BXOISIINE B COCTaB KOMIIOHEHTOB KJIETOYHBIX MeMOpaH, —
3TO UUKINYECKUE CTPYKTYPHI C 5 WM 6 aToMamMu B KOJIbIIE, OTHUM U3 KOTOPBIX
ABJIAETCS. KUCIOpoJ. CuanoBble KUCIOTHl — MPOU3BOJIHBIE HEMPAMUHOBOM KH-
gotel. B MemOpaHax cpeaM CHaJIOBBIX  KUCIOT mpeoOmamaer  N-
anetTuiHeripaMuHoBas kucinora (NANA).

JUis MOJIeKyJT KaXXAOro W3 MOHOCAXapHJIOB XapaKTepHa OIpeIecHHAs
CTpyKTypHasi ¢opma. Hampumep, y TIIOKO3BI MPEAMOYTHTEIHHON SBISETCS
HIeCTUWICHHAs MUKJINYecKas mupaHo3Has dopma (puc. 2.14). B pactBope Mo-
JIEKYJIbl KaXKJIOTO BEIIECTBA MPUHUMAIOT HanOoJiee YCTOMYUBYIO ISl HUX KOH-
¢dopmanuio. B ¢usmonornueckoM pacTBope MOJEKYJIbI TJIIOKO3bl UMEIOT KOH-
dbopmanuio kpecia (puc. 2.14, 6), koropas HanboJee MPEANOYTUTEIbHA IS
BCEX HA3BAaHHBIX IUKIMYECKHMX MOHOCAXapHIOB, HAXOIAIIMXCSA B (PU3UOIOTH-
YECKOM pacTBOpE B MUPaHO3HOU popme.

Monocaxapuapl pa3nuyaroTcs MO AJUHE YTJIEPOTHON IIENH, M0 YUCTY THA-
POKCHIIBHBIX TPYII M WX PACIOJOKEHHIO OTHOCHUTENBHO IUIOCKOCTH KOJIBIIA
MOJIEKYJIbI, HATMYUIO aMUHOTPYIITEL. Ha mpumepe MoIeKybl TIF0KO3bI TToKa3a-
Ha OOIIENpPUHATAs CXeMa HyMepallud aTOMOB YTJIepo/ia B MOJIEKYJIaxX UKJIHYe-
CKUX MOHOcaxapuzoB (puc. 2.14, a).
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Puc. 2.14. CtpykTypHbI€ (HOPMYIIBI TTFOKO3bI:
a — O-TJII0K033; 6 — B-TJII0K03a; 6 — O-TJII0K03a B KOH(GOpMAIMK Kpeciia

Ecnu nmpencraBuTh, 4TO KOJBLO MOJIEKYJIBl TIIOKO3bl MEPHIEHIUKYISPHO
TJIOCKOCTH JIUCTa OymMaru u OJike K HaM HaXOJSTCS aTOMBI yriepoja BO BTO-
poM u TpeThbeM nosioxkennu (atomel C-2 u C-3), a rpynmna atomoB OH y atoma
yraepoaa C-1 pacnonaraercsi HUKe IUIOCKOCTH KOJbIA, TO Takylo GopMy Mo-
JICKYJIBI TITFOKO3BI Ha3bIBAIOT a-popMoit (a-Tiroko3a). [Ipu pacnonoxxernn OH-
rpynnsl y atoma C-1 BblllIe TUIOCKOCTH MOJIEKYJIBI UMeeM Jieio ¢ [-popmoit
MOJIEKYJIbI TJIIOKO3bI (B-TTI0K032).

[uknnueckre MOHOCAXapuAbl MPHU KOBAJEHTHOM CBSI3bIBAHUU JAPYT C JPY-
roM 00pa3yloT oJurocaxapuanble uenu. Hampumep, nucaxapun obOpasyercs

56



IpU peakluy TUIPOKCUIBHOM Tpynimbl mpu atome yraepoja C-1 o1HOro MOHO-
caxapuja ¢ Jr000H Apyrol ruIpOKCUILHON TPyIIon (KpoMe ToM, KoTopas Ha-
xoautcs pu C-1) BTOporo MoHocaxapua. Peakius corpoBokaaeTcss o0pa3o-
BaHHEM MOJIEKYJIbI BOJBL. B peakiuio MOKeT BOBJIEKAThCA JIFOOOE YUCIO MOHO-
caxapu/oB.

Hcnone3yempie 0003HaYEHUS] CBSA3EM B OJHMrocaxapujax paccCMOTPUM Ha
npUMepe OJHOTO W3 TUIOB AMcaxapuaa, odo3Hauaemoro kak Glcal-2Gal. B
3TOM CiIy4ae K T'MJIpPOKCWIBHOW rpymme npu atome yriepoaa C-2 ocraTka ra-
JIAKTO3bl MPUCOEAUHSIETCS O-TJIMKO3UIHOW CBA3BIO OCTATOK TIIFOKO3bI y aroma
yriepoaa C-1.

Pa3mepsl yriieBoJHON 1ienu B TIIMKOKOHBIOTaTax KOJIEOJII0TCS OT Jaucaxa-
PHUIHOTO 3BE€HA J0 OYEHb CIOXKHBIX CTPYKTYp, COAepKamux 26 unu 6ojaee mMo-
HOcaxapuaoB. J[JIMHHBIE YTJIEBOAHbBIC LIETIH HA3BIBAIOTCA TAKXKE MOJIMCAXAPH-
JTaMU WK TJIMKaHaMU. MOJIEKYJIbl HEKOTOPBIX OENIKOB (KoJulareHa, OeJIKOB CeK-
peTa moIYeTI0CTHOM JKeJe3bl) cojiepkaT Mo JJBa MOHOcaxapua (JMcaxapuIHbIe
3BeHBs1). B cocTaBe 1EMII0IO3bl COJEPKUTCS TOJBKO OJMH MOHOCaxapuj —
IJIFOKO03a, B COCTaBe JAPYTUX MPUPOJIHBIX, TAK HA3bIBAEMBIX «MCTUHHBIX)» IMOJIHU-
caxapuJ0B UMEETCS TakKe OJHMH WJIM, B KpalHEM cllydae, HECKOJIbKO MOHOCA-
XapHJIOB.

['mukonpoTeMHaMu Ha3bIBAIOT OEJIKH, COAEPKAIIUE OJIMIOCaxapujHbIe Iie-
M1, KOBAJICHTHO MPUCOCANHEHHBIE K OMpPECICHHBIM aMUHOKUCIOTHBIM OCTAaT-
kaM. Yucno pasznuyarommxcs no CTPYKType TIIMKONPOTEMHOB OYEHb BEJIHKO.
['mukonpoTenHsl KIACCUPUIIMPYIOT C YUYETOM MPUPOJBI CBA3CH MEXIy MOJHU-
MENTUAHBIMY TEMsIMUA OCJIKOB U OJIUTrocaxapuiHbiMu nemsimu (puc. 2.15). Hau-
OoJee yacTo BCTPEYAIOTCS JiBa Kiiacca: 1) TIMUKOMPOTEUHBI, COJEPIKAIINE CBS3h
«cepuH (unmu TpeoHWH) — N-aneTwiragakro3amMuH» (MPUHATOE COKPAIICHHOE
ob6o3nauenue Ser (wnu Thr)-GalNAc); 2) rIUKONPOTENHBI, COIEPKAIIUE CBSI3b
«acnaparut — N-anerunrmoko3amun» (Asn-GICNAC).

CBsi3b MEXKy YTIIEBOAHOW M OEJIKOBOW YacCTSIMU B MOJIEKYJIE TJIUKOMPOTEH-
Ha MEepBOro kiacca HasbiBaeTca O-TIMKO3UIHOM, TaK Kak OHa oOpasyercs c
y4acCTUEM THUJPOKCUIILHOW TpYIIbl OOKOBOW II€MM aMUHOKHUCIOT CEpUHA WM
TPEOHMHA U OCTaTKOM caxapa. [103ToMy IIIMKONpOTENHBI MEPBOro Kiacca OT-
HocsTCS K O-CBA3aHHBIM TJIMKONPOTEMHAM, a YIJIEBOAHbBIE LIETIH 3TOr0 Kjacca
TJIMKONIPOTEMHOB HasbiBatoTCsl O-riukaHaMu. O-CBSi3aHHBIE TIIMKOMPOTEHUHBI
MPUCYTCTBYIOT B MEMOpaHax KJIETOK KPOBH.

Bropoii kiacc riammKonpoTenHOB Xapakrepusyercs: N-TIIMKO3UIHON CBA3bIO,
TaK KakK CBsI3b 00pa3zyeTcss MEXIy aMHIHOW TPYIION acmapardHa U CaxapoM.
['nmukonpoTenHbl Kjacca 2 Ha3bIBalOTCS N-CBS3aHHBIMU TJIMKONPOTEHHAMH, a
ux onurocaxapuabl — N-rmukanamu. Yucno onvrocaxapuaHbIX LENEH, MPUCY-
niee KaxJaoMy THIY TNIMKONPOTEUHOB, BapbupyeT oT 1 10 36, a B ka0 yrie-
BOJIHOM IIETI MOXKET OBITh OT 2 10 26 MOHOCaXapHIHBIX OCTATKA.
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Puc. 2.15. Ctpykrypa N-cBsizanHOTO (@) 1 O-CBSI3aHHOTO
(6) rmukOIPOTENHOB

Crpykrypa onurocaxapusioB N-CBA3aHHBIX TJIMKOIPOTEUHOB CJIOKHEE, YeEM
onurocaxapugioB O-cBsi3aHHBIX TJIUKOMPOTEUHOB. N-CBSI3aHHBIC TJIMKOMPOTEH-
Hbl MOKHO Pa3JIeJIUTh HA TPU OOJIbIIME TPYIIIbL: CJIOKHbIE, THOPUAHBIE U OOra-
Thie MaHHO30M. OHM coziepKaT OOUUi MeHTacaxapu, 4To OOBSICHIETCS COBIIA-
JICHUEM HAYaJIbHBIX ITalmoB OMOCHHTE3a BCEX TPEX TPYMNI TJIMKOMPOTEUHOB.
bonbmmHCTBO 0OnurocaxapuioB N-CBA3aHHBIX TJIMKOIPOTEUHOB COAEPKAT OT 2
JI0 5 BETBEM, KOTOPBIE HA3bIBAIOT aHTCHHAMH. B Hay4yHOU JIUTEpaType UMEIOTCS
CBEJICHHS O JIU-, TPU-, TETPA- U MEHTAAHTEHHBIX CTPYKTypax. [ TMKONPOTEHHBI
U3 TPYIIIBI CJIOKHBIX OOBIYHO COJIEPIKAT KOHIIEBBIE OCTATKH CHAIOBON KUCIIOTHI
(NeuAc) wu mpeamiectByromue UM octaTku Tamakto3sl (Gal) u N-
anetmirioko3amuHa (GlcNAc). Ha koHiax onmmurocaxapumoB Apyrux rpymnm N-
CBSI3aHHBIX TJIMKOMPOTEHMHOB MOTYT OBITH (pyko3a (Fuc) u ramakrosa.

MHorue TIMKONpOTEeUHbl cojaepkaT Kak N-, Tak U O-TJIIMKO3UIHBIE CBSI3U.
HMeroTest TIMKOMPOTEUHBI U IPYTUX KJIACCOB, BCTPEUAIOIINXCSI OTHOCUTEIIBHO
peaKo, HarpuMep, TIMKOIIPOTEUHBI Kiacca 3, coliepiKalllie CBA3b CEPUH — KCU-
no3a (Ser-Xyl) u xomnarens! (kiacc 4), coaepKallyue CBA3b THIPOKCUIIU3UH —
ranakto3a (Hyl-Gal) u otHocsumecss k O-cBsi3aHHBIM TJIMKONpoTenHaMm. Ha
puc. 2.16 npuBeieH npuMep MPOCTPAHCTBEHHONW CTPYKTYPHI YIJIEBOAHOTO KOM-
MOHEHTA IIMKOMPOTEHHA.
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Puc. 2.16. [IpocTpancTBeHHasi CTPYKTYpa YIJIEBOJHOTO KOMIIOHEHTA TIIMKOIPOTEUHA

B yrieBoaHBIX CTPYKTypax TIIMKOKOHBIOTATOB B OTJIMYHME OT ABYX APYTUX
OMOMOJMMEPOB — OEIKOB U HYKJIEMHOBBIX KUCIOT UMEIOTCSI TOUKH BETBIICHUS,
py 00pa30BaHUH KOTOPBIX NMPUCOEAMHEHHE KaXKIOr0 MOCIEIYyIOIIEr0 MOHOME-
pa WAeT B JIMHEWHOM mocienoBaTeiabHocTH. [Ipommmoctpupyem BapualOenb-
HOCTb CTPYKTYpPBI CIIOKHBIX YIJIEBOAOB. M3 NBYX pa3IMYHBIX aMHUHOKHUCIOT
MOYHO MOCTPOUTH TOJBKO OJIMH AUMENTH[I, a U3 ABYX Pa3IUYHbIX MOHOCaXa-
pUIOB (IIECTUYTIEPOIHBIX) MOTYT 0Opa30BBIBATHCS OJAMHHAANATH Pa3TUUYHBIX
aucaxapuaoB. 3 yeTblpex pa3HbIX HYKJIEOTHUIOB MOXKHO MOJIY4UTh 256 TeTpa-
HYKJICOTH/IA, @ U3 YETHIPEX Pa3HbIX MOHOCAXapUJOB BO3MOYHO MOCTPOEHHUE
35560 terpacaxapuioB.

Ecnu yuects, uTO B 00pa3oBaHUU YIJIEBOJHOM YacTH TJIMKOKOHBIOTATOB MO-
I'yT IPUHUMATH y4acTHE JI0 7—9 pa3IuyHbIX IO MOJIEKYISIPHOM MPUPOJE MOHO-
caxapujioB, a TaK’K€ BO3MOXKHOCTh 00pa30BaHUs BETBJICHUN B Pa3IUYHBIX MeC-
Tax OJIMTOCAaXapHuJ0B, TO MOXHO TOBOPUTh O MOTEHIMAIBLHOM CTPYKTYPHOM
MHOTr000pa3uu yriaeBojioB. Onurocaxapuibl, TaKUM 00pa3aM, MOTYT ObITH 3¢-
(EeKTUBHBIMU HOCHUTEJISIMU MH(POPMAIIMK: HA €IUHUIY MACChl YIJIEBOABI MOTYT
coJiepKath 0oJibllie HH(HOPMALIUK, YeM HYKJIEMHOBBIE KUCIOTHI uin Oenku. OT-
METUM OJIHY BeChMa BaXKHYIO OCOOEHHOCTh 3alMCH U COXPAaHCHUsI HHPOPMAITHH
MIPU TTOCPEICTBE YTIIEBOIHBIX «CJIOB»: CTPOUYKH, COCTABIICHHBIE U3 TAKUX CJIOB U
Hecymue uHGOPMAIINIO, pa3IBauBaIOTCs, TPUYEM TaKOe pa3JBOCHHE (BETBIIE-
HUE CTPOYEK) MOXKET UMETh MECTO B JJOCTATOYHO OOJILIIIOM YHCIIE TOUYEK.

JlexogupoBanre UHPOPMAIIUU, COMCPKAIICHCST B OJIMTOCAXAPUIHBIX CTPYK-
Typax, TPOUCXOAUT OJarojapsi MOJICKYJISPHOMY Y3HABAaHUIO 3THUX YTJIEBOJIOB
JIPYTUMU MOJICKYJIaMH. YTJEBOJBI TJIMKOKOHBIOTATOB KJIETOYHBIX MeMOpaH
CBSI3bIBAIOTCS O€JIKaMM, Ha3bIBaeMbIMH JIEKTUHAMU. Ele HEJaBHO CUMTAIOCH,
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YTO CHOCOOHOCTHIO CHEM(pUYECKH CBA3BIBATH caxapa 00JIajaloT TOJBKO JIEK-
TUHBI PACTUTEIBLHOTO MPOUCXOXKJeHUA. B mocneanue roasl oOHApyKEeHbI Je-
CSATKHU JIGKTUHOB U Y >KMBOTHBIX, HACEKOMBIX, OaKTepuil u T. 1. (Hampumep,
MaHHO30CBSI3bIBAIONINE OCIKM KPOBH W TICYCHHW TEIIOKPOBHBIX JKHBOTHBIX,
JIEKTUHBI MO3Ta KPHIC).

JIeKTUHBI )KUBOTHBIX pa3/iesieHbl Ha 4 TPYNIIbL:

1) nextunsl C-THna, BKIOYAs CEICKTHUHBI,

2) NEKTUHBI S-THUIA WU TaJICKTHHBI,

3) nextuHsl P-THIa,

4) npyrue JEeKTUHBI.

Ha3Banus kinaccaM JIGKTUHOB OBbLIM JIaHBI C YYE€TOM XapaKTEPUCTUK UX CBS-
3pIBaHUsA ¢ yrieBogamu. Hanpumep, C-neKTUHBI OTYyYHIIA CBOE Ha3BaHUE IO-
TOMY, YTO JIJISl UX CBSI3bIBAHUS C COOTBETCTBYIOIIMMH caxapamu TpeOOBaIOCh
y4acThe MOHOB Kajbllus (OT aHMIMMCKOro calcium). MuHuManbHasl MOJUTIETI-
TUJHAS CTPYKTypa, TpeOyemasi Il CBSI3bIBAHHS YIJIEBOJHOTO JIMTaHja (s
nekTuHOB C-THNa OHA COJIEPKUT MPUMEPHO 135 aMUHOKUCIIOT, [IJ1s1 TaJIEKTUHOB
— ok0Ji0 130 aMHMHOKHUCIIOT), HAa3bIBAaETCS YriieBOoay3HaonuM gomMeHoM (Y'Y ).
B nekTMHaxX MOXET IPUCYTCTBOBATH OJIMH MJIM HECKOJIBKO Y Y /1.

FMABA 3. CTPYKTYPA U CBOUCTBA
BUOJIOTMYECKUX MEMBPAH

3.1. niMNQHAA ACUMMETPUA KINETOYHbIX MEMBPAH

buonornueckue MmemMOpaHbl COCTOSIT, B OCHOBHOM, U3 JIMIHJOB U OEJIKOB, a
Tak)Ke HEOOJBIINX KOJWYECTB AaCUMMETPUYHO PACIpPENETICHHBIX YIJIEBOJOB.
OTHOCHUTEIBHOE KOJMYECTBO OEJIKOB, JUMHJIOB M YIJIEBOJOB B MeMOpaHax
Bappupyer (Tadi. 3.1).

Tabauya 3.1
XuMHYecKHii cocTaB MeMOpaH
MembOpaHa BecoBoe conepxanue, %
Beok JIumun VYriaeson

Muenux 18 79 3
[Tna3zmatnyeckas memOpaHa 49 43 8
SPUTPOIUTOB YEITOBEKa

[Tna3zmatuueckas memOpaHa 44 52 4
T'eIaTOINTOB KPHICHI

Buytpennsst MemOpaHa MUTOXOHIPUI 76 24 0
T'eIaTOIUTOB KPBICKI

B cpennem B mnasmaruueckoir memoOpane (IIM) conepkutcs mpubausu-
terapHO 50 % O6enkoB u 50 % nmunuaoB. ToyHOE COOTHOIICHHE MEMOpPaHHBIX
KOMITOHEHTOB M WX PACIOJIOKEHHUE OMPEACNISIeTCS] TUIIOM U CIielUaiu3aIuei
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MeMOpaH.

JIunuaHblA COCTaB IJIa3MAaTUYECKUX MEMOpaH pa3HBbIX KJIETOK WU MeMOpaH
KJIETOYHBIX OpraHes1 pasznuyaercs. Hanpumep, nunuanas dpakuus MmemOpaH
TeNaTOIMTOB KPBIC cofiepkutT 24 % xonecrepuna, 31 % ®X, 8,5 % cdunro-
muenmHa, 15 % O3, 2,2 % OU, 7 % DC, 0,1 % PK u 3 % rIuKoJIuIHI0B.
Krnerounsle MmeMOpaHbI copepkat 0obinoe KomdecTBo Gocdornumepunon. B
IUIa3MaTHYECKUX MeMOpaHax BCTpedyaeTcs COUHTOMHUENUH — (ochomunum, y
KOTOPOTO BMECTO TJIMIIEPOIHHOTO OCTOBA COACPKUTCS CPUHTO3MH — aMHHO-
CIIUPT C HEHACBHIIICHHOMN YTJIEBOAOPOIHON LEMBIO.

XonecTepuH MPUCYTCTBYET B IJIa3MAaTUYECKUX MeMOpaHax KJIETOK YKHUBOT-
HBIX, COCTaBJISIsl MPUMEPHO YETBEPTh OT OOIIEr0 KoJudecTBa JunuaoB. Hampo-
THUB, MEMOpaHbl KJIETOYHBIX OpPraHEI COJIEpPKaT XOJECTEPUH B HEOOJBIINX
KOJIMYECTBaX: MUTOXOHJpHUAIIbHbIE MEMOpaHbl MeHblle, yeM 5 %, MeMOpaHbI
komruiekca ['onpmxu — okoso 8 %, a memOpanbl OP — npumeprno 10 %. B
MeMOpaHax MPOKapHUOTOB CTEPUHBI BOOOIIE OTCYTCTBYIOT.

KonuyecTBo 3apsiKE€HHBIX JUMUIOB cOoCcTaBisieT mpubmausutensuo 10 % ot
OOLIEro KOJIMYECTBA JIMMHJIOB IUIa3MaTH4YeCKUX MeMmOpaH. B OnmomemOpanax
BCTPEUAIOTCS, TPEUMYIIIECTBEHHO, OTPUIIATEIBLHO 3apSKCHHBIC JIUTTHIBI.

VYrieBoabl, Kak MpaBUiIO, PaclojararoTcsl Ha BHEIIHEW CTOpOHE IJla3MaTH-
yeckol MmeMOpaHsbl. JIunuanaelii coctaB OuoMeMOpaH J1aH B Tad. 3.2.

Tabnuya 3.2
I'1aBHbIE JTHNHIHBIE KOMIIOHEHTHI MeMOpaH
Tun MmeMOpaHsbI Jons ot ob1iero Koim4ecTsa JIMIAI0B B MeMOpaHe, %
1) ¢ DOI+DOC CM XC
[Tna3maruyeckas memOpaHa 21 29 21 26
(3pUTPOLUTHI YETIOBEKA)
MuenuHoBas MeMOpaHa 16 37 13 34
(HelpoHBI YEJIOBEKa)
[Tna3maruyeckas memOpaHa 0 85 0 0
(E. coli)
MemOpanbl OP (kpbica) 54 26 5 7
MembOpaHa KoMILIeKca 45 20 13 13
I"onpmxu (kpbica)
BuyTtpennss memOpana 45 45 2 7
MUTOXOHJIpUH (KphIca)
Buemnsas memOpana 34 46 2 11
MUTOXOHJIpHH (KpbIca)
MoHoc10#i OCHOBHOM DK30I11a3- uto- OK30I11a3- O0a
JIOKaJTN3aIiH MaTH4e- 30JIGHBIA | MaTHye-
CKHM CKHI

buonornyeckue MeMOpaHbl XapaKTEpU3YIOTCS aCUMMETPUYHBIM CTPOCHU-
eM. B mnasmaTudeckoil MeMOpaHe coJep:kaHue JIMIMUI0B BO BHYTPEHHEM MO-
HOCJIOE OTJINYAETCS OT COJEP KaHMs JIMIIMAOB BO BHELIHEM MOHOCIOE. BHemr-
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HUNU MOHOCIION oborarieH hochaTuauIX0OIuHOM, COUHTOMHEITMHOM, XOJIECTe-
PUHOM W TJIMKOJUIHIaMHU, BHYTPEHHUN MOHOCION — dochaTuauidTaHoIaMu-
HOM, (hochaTuauincepunom, dhocharuamnuHo3utonoMm (puc. 3.1). Xonectepun
COCTaBJISIET OOMBIIYI0 (GPAKIINIO KaK BHYTPEHHETO, TaK W BHEIITHETO MOHOCTIOS,
HO COJIEp>KaHME €ro BhIIIe BO BHEIIIHEM MOHOCIIOE.

DK3omna3MaTH4ecKast cTOopoHa
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Puc.3.1. CooTHOLIEHUE TUIUI0B BO BHYTPEHHEM U
BHEIITHEM MOHOCJIOSIX MEMOpaHBI

AcummeTpuss MeMOpaH He SIBJIIETCS JKECTKO omnpeneneHHou. Pacnpenene-
HUE JIMIUI0B B MEMOPAHHBIX MOHOCJIOSIX MOKET U3MEHSAThCS, HAlpUMeEp, TIPH
U3MEHEHUHU (PYHKIIMOHAJIBbHON aKTHUBHOCTH KJIETOK WM uX opraHei. CroH-
TaHHAas MUTPaLUs MOJIEKYJI JIMITA0B U3 MOHOCIJIOS B MOHOCJION 3HEPreTHYECKU
HEBBITO/IHA, TAK KaK MOJIAPHBIM TOJIOBaM JIMIIUJIOB MPUXOJIUTCS MEPECEKATh
ruipopoOHYI0 cepaUeBUHY OHUCIOS, U, KPOME 3TOr0, MOJIEKYJa JTUIUAA JOTK-
Ha oBepHyThes Ha 180°, TO eCTh COBEPLINTE MEPEXO0T «PIIUII-(IIOI.

B memOpane nunuaHas acCUMMETPHsS BO BHEIIHEM M BHYTPEHHEM MOHO-
ciosix obOecrieunBaercs (prumasamu, TpaHCIOKa3aMHu U IPYTUMHA (PepMEHTAMHU.
TpancmeMOpaHHasi acUMMETpUs MPOIYLMPYETCs MEPBOHAYAIBHO B MpaHC-Ce-
] ['0abaKH, a TakKe B IJIa3MaTUYECKOH MeMOpaHe HECKOJIbKUMHU OelIkaMu B
npolueccax IepeHoca, CONpsHKEHHbIX ¢ ruapoian3om ATO. ATO-ces3biBa-
fomue TpancmopTepbl (ABC Tpancmopreps) mepememaroT (Hochoaumuapl ¢
BHYTPEHHETO MOHOCJIOS BO BHEIIHUNA. AMHHO(POCHOIUNUIHBIE TPAHCIOKA3bI
KOHTPOJMUPYIOT MEPEMELIEHNE JIMITUI0B BO BHYTPEHHHUI MOHOCcHoN. Cymiect-
BYIOT Jpyrue (hepMeHThI ¢ MoJ0OHBIMU (DYHKIIUSAMU — (hIIMNAa3bl C XapaKTepHON
CenuUIHOCTBIO IS pas3nuyHbIX JunuaoB. Hampumep, AT®aza Drs2p
TPaHCJIOIUPYET TOJBKO PochaTuanICeprH.

OueBHIHO, UTO B MEMOpaHax CYIIECTBYIOT MEXaHU3MBbI, MPUBOIALINE K
noTepe TPaHCOMUCIOMHONW aCUMMETPHUH JTUNUA0B. B MeMOpaHax mpuCyTCTBYIOT
dbepMeHThI — CKpaMOia3bl, KOTOPhIE MPU AKTUBAIMHU TEPEHOCAT JIUMUIBI U3
MOHOCJOSI C OOJBIIMM COJEpPKaHWEM JIMIUJIOB, B MOHOCIOW, TZ€ JHUIHIIOB
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JaHHOTO Tura MeHble. CkpaMO1a3bl 0OBIYHO AKTUBUPYIOTCS MPU YBEIUUYEHUU
BHYTPHKJICTOYHOTO YPOBHS CBOGOMHBIX HOHOB Ca’', ¥ Ipoliecc TpaHCOHCIIOf-
HOTO mnepeHoca JunuaoB He Tpedyer AT®. Ilorepss TpaHcOUCIONHON acuM-
METPHUH TPU YBEIWMUYEHUU cConepkaHus GochaTUAMICEpUHA BO BHEIIHEM MO-
HOCJIOE SIBJIICTCS, KaK MPABWIIO, IPU3HAKOM MTOBPEKICHHSI MEMOpaH.

OO6HapyxeHbl PU3NUYECKUE MEXAHU3MBI JIMIMMUAHOTO cKkpaMmOnuHra. [Ipu u3-
ruboaHu MeMOpaHbl, OTMH MOHOCIION pacHIUpsIeTCs, a APYrod — CKUMACTCH.
DTO NPUBOJUT K TOMY, YTO IUIOMIAJh MOBEPXHOCTH, MPUXOSINIASICA HA MOJie-
KyJly JIMMIK/ia BO BHEIIHEM cJioe (B cllydae BBINSYMBAHUS), YBEIUUUBACTCS, a BO
BHYTPEHHEM — YMEHBIIIAETCHI.

PaccmoTpum ciydaii, korqa BHyTpeHHUN MOHOCION coctouT u3 OC, BHel-
Huii — u3 G®X (puc. 3.2).

T Ox T aC

—o R JIBrsKeHHue e
prtretes (DC BO :

BHELIHWH MOHOCHOH

Puc. 3.2. Mexannyeckasi MOJi€JIb TPAaHCMEMOPAHHOT O
CKpaMOJIMHTa JIUTTUI0B

Cxatue BHYTpEHHEro MoHociHos, oborameHHoro ®C, u pacmmpeHue
BHEIIIHETO MOHOCJIOSI OHMXAET YHEPTUI0 aKTUBALIMK CIIOHTAHHOM TPaHCIIOKa-
1uu Mosiekys @C (a B peanbHBIX MeMOpaHax erie U MoJiekyn ®3) Bo BHEIIHUIA
MOHOCJION. DTOT MpUMEp TOKAa3bIBAET, YTO YBEIUYECHHE CBOOOHON IHEPrUu
MeMOpaHbl MPU PACTITUBAHUHM OJHOTO MOHOCIIOS M CKATHH JPYToro BENET K
CEJIEKTUBHOMY MEPEMENIEHUIO MOJIEKYJI JIUIUI0B U3 OAHOTO MOHOCIOA B JIPY-
TOM, TIPU STOM MPOUCXOIUT BHIPABHUBAHUE JIATEPATHHOTO HATSHKEHHUS 1O OMC-
J010 0€3 aKTUBAIMKM KaKUX-IMO0O crernuduueckux OeNKoB (I UX KOMILUICK-
COB), 00€CTICUNBAIOIINX TPAHCIOKAIINIO JTUTTHIOB.

3.2. TEOMETPUYECKUE ®OPMbI KINETOYHbIX MEMBPAH

[ToBepXHOCTh KJIETKM WJIA KJIETOYHON OpraHeuibl (opMUPYETCs] OUOJIOTH-
yeckor memOpanoi. CriemoBarenbHO, (opMa KIETOK M KJIETOYHBIX OPTaHEeIT
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onpenensiercss GopMoi MeMOpaH M JJis BBISICHEHUS] MEXaHU3MOB, KOHTPOJIU-
PYIOIIMX KIETOUYHYIO (pOopMy, HEOOXOAMMO MCIOJIb30BAHUE T€OMETPUUECKUX U
(bU3NYECKUX METOJIOB MEMOpaHHOM OMO(PU3UKHY.

buonornyeckne memMOpaHbl POSBISIOT pa3inuanbie Gopmbl. Kaxkmas ¢popma
pa3BUBAETCS BCIEACTBUE cHEUU(PUUECKHX (DU3UOJOTHUECKUX MpUYHMH. Mexa-
HU3MBI, B COOTBETCTBUU C KOTOPBIMH 3TH (POPMBI CO3AAIOTCS, 0 KOHIIA HE yC-
TaHOBJIEHbL. DU3NYECKNE NPUHLINIIBI, JEXKAIIME B OCHOBE MPOLIECCOB CO3AaHMs
U KOHTPOJIS (POPMBI, TOMKHBI ObITh YHUBEPCATBHBIMU JIJISI BCEX KIETOK. MOX-
HO BBIJICIHUTD Pl (PaKTOPOB, MPUHUMAIOIINX YYaCTUE B CO3JaHUN KOHKPETHON
¢dbopMbI MEMOpaHBI: JTUMUTHBIA COCTaB MEMOPAHbI, popMa JTUIUAHBIX MOJIEKYJ,
ACUMMETpPHS pACTIPEICIICHUS JIMIIUHBIX MOJIEKYJI MEXIYy MOHOCIOSIMU, TIPU-
CYTCTBHE OEJTKOBBIX MOJIEKYJ U T.II.

Kinetku 6e3 BHyTpeHHUX MeMOpaH, TaKhe Kak MPOKaApPUOTHI U SPUTPOIUTHI,
NPUHUMAIOT HA00p POpPM B COOTBETCTBUU C UX (YHKIIMOHAIHHBIMH 3a/1a4aMHU.
Hampumep, ABOsIKOBOTHYTasi TUCKOBUAHAs (popma MeMOpaH SPUTPOIUTOB ra-
pPaHTHPYET ONTHUMAJIbHOE OTHOLIEHHE IMOBEPXHOCTb — OOBEM, HEOOXOIUMOE
JJIsi OBICTPOTrO Ta3000MEHa MEXKJy TeMOTJIOOMHOM M OKpYKalollel cpenoi.
bonee cioxHbie (hOpMBI MPOSBISAIOTCS B SHIOTEIHATBHBIX KJIETKaX, Ma3MaTh-
YECKHe MEMOpaHbl KOTOPBIX COJAEP>KAT BHYTPEHHUE TPYOKH, KOTOPbIE MPOHU-
3BIBAIOT KJIETOYHBII 00BEM.

BHyTpukineTounele MeMOpaHbl Oojie€ JUHAMHYHBI W Pa3HOOOpAa3HbI 110
dbopme, yem miazmatuueckue memOopansl. Hanpumep, OP u anmapar ['onbmxu
— CJIO’KHBIE CHCTEMbI COEIMHEHHBIX MEXIy COOOM KaHalbleB, LHUIUHAPOB U
JUCKOB, U TIpU OOECHEUYEeHUU BHYTPHUKJIETOYHOIO TPAaHCIOpPTa BEIIECTB oOpa-
3YIOT CTPYKTYpPBI C MIUPOKUM HAOOpoM ¢opM: oT Manbix chep (auametp ~50
HM) U Y3KUX TpyOOoudek 10 KaHaiblieB. Takue QopMbI XapaKTEpU3yIOTCS MaK-
CUMaJIbHOM IUIONIA/IBI0 MTOBEPXHOCTU C COXPAaHEHHEM MAaJIOr0 BHYTPEHHEIO
o0BeMa, 9To Mo3BoJIAET oOecnieunBaTh 3Q(PEKTUBHOE U OBICTPOE TIEPEMEIICHHE
OEJIKOB KaK HapyXKy, TaK U BHYTPb dTUX OpPTraHeIl.

CrnoxxHble (POpPMBI KIETOK U KJIETOYHBIX Opranein GopMupyrorcs ¢puznde-
CKUMH CWJIAMHM, MPUKIIAJIBIBAEMBIMU K PA3JIMYHBIM y4acTKaM MeMOpaH (Kak K
MOBEPXHOCTH, TaK W B Mpejesiax OHCIos), YTO MNPUBOJUT K BO3ZHHUKHOBEHUIO
OTNpeeNeHHONW KpUBH3HBI MeMOpaHbl. KprBu3Ha MeMOpaHbl SIBISIETCA PE3YIib-
TaTOM CJIO’KHOTO Habopa B3aUMOJEUCTBUI MeXIy MEMOpaHHbBIMU OelKamMu U
JUTIAJIaMHM, a TakKe B3auMOJEHCTBUI MeMOpaHbl C OKpY’KaroIled BOJIHO-
cosieBor cpemoit. st mopneprkanus omnpeneaeHHOW (HOPMBI KIETKH JOJIKHBI
UMETh CEHCOPBI, OCYIIECTBIISIONINE KOHTPOIb KPUBU3HBI MEMOPaH.

3.2.1. MemGpaHHasa KpMBU3Ha

buonornyeckas memOpaHa OOBIYHO paccMaTpPUBAETCS KakK JAByMEpHasl MO-
BepXHOCTh. Onucanune GopMbl MEMOPAH MPOBOJAST C UCIIOIb30BAHUEM MMOHATHUS
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kpuBu3Hbl ¢ (C=1/R, rae R — paguyc kpuBu3Hbl). KpuBu3sHa C cuutaercs ma-
JIOW, €CITM COOTBETCTBYIOIIMN paanyc KpHUBU3HBI R MHOTO OOJbINE, YeM TOJ-
mrHa MeMOpanbl, R >>d (To ecTh a0CONMIOTHOE 3HAYCHUE KPUBHU3HBI |C| JOIK-

HO YJIOBJICTBOPSTH YCJIOBHIO |C|-d <<1). Ecnu paamyc KpuBU3HBI OJIU30K IO

BEJIMYMHE K ToJIIHHEe MeMOpanbl (R~ d, To ecTs,

C|-d ~1), KpuBH3HA MEM-

OpaHbl paccMaTpHBaeTcs Kak Ooibias. Hanpumep, XxapakKTepuCTHUSCKHNA pa-
JTUYC KPUBHU3HBI R 1T MeMOpaH BHYTPHKJICTOYHBIX BE3HKYJISPHBIX IEPEHOC-
YUKOB COCTAaBJISICT HECKOJIBKO JECATKOB HAHOMETPOB M, CJICIOBATEIIBHO, TOJb-
KO B HECKOJILKO pa3 00JIbIIE TONIIUHBI OMCITOs, Tak Kak d ~ 4 HM.

Jiis ormcanust popMbl MeMOpaH, Kak MPaBUIIO, UCIIOJIB3YIOTCS JIBE KPHBH3-
HBI, C; W Cp, Ha3bIBacMbIC TJIaBHBIMH. Eciu mepecedybr MEMOpaHHYIO IMOBEpX-
HOCTH B BBIOPAHHOH TOYKE IBYMS OPTOTOHAIBHBIMH INIOCKOCTSMH, ITEPIICH TH-
KYJIIPHBIMH K MOBepXHOCTH (puc. 3.3), TO TJIaBHOW KPUBHU3HOU SIBIIICTCS KpH-
BU3HA IS KOXIOH W3 JBYX JIMHHHA TEpeceUeHHs TIOCKOCTEH ¢ MeMOpaHHOMH
MOBEPXHOCTHIO, MMEIOIIUX MPAKTHUECKU KPYTOBYIO (DOPMY B OKPECTHOCTH BBI-
OpaHHOM TOYKH.

Puc. 3.3. Onpenenenre KpUBU3HbBI MEMOpaH

Panuycel 3THX IBYX KpPYroBBIX ()parMeHTOB, Ry u Ry, Ha3bIBatOTCs IIaBHbI-
MU pajJnycaMH KPUBHU3HBI, a UX oOpaTHble 3Ha4yeHus, C; = 1/R; u C; = 1/R,,
0003HAYaI0TCs KakK /IBE I1aBHbIE KPUBU3HBI.

KpuBu3Ha mMoxeT ObITh MOJIOXKUTEILHON WM OTpUllaTeIbHON. UTOOBI OTI-
penenuTh 3HaK KPUBU3HBI MEMOpaHbl, HY’)KHO OXapaKTepU30BaTh [JIBE CTOPOHBI
€€ MOBEPXHOCTH. I TMIIUIHOTO MOHOCIIOSI OJIHA MOBEPXHOCTh MOKPBITA IO-
JSIPHBIMH TOJIOBHBIMU Tpynmnamu (pochomnuaos, a Apyras — sSBISETCS TUAPO-
($hoOHOMU. Y CIIOBUIUCH CUUTATh, YTO U3TMOAHUE MOHOCIOS, KOTOpoe hopMUpY-
€T BBICTYMAIONIYI0 THAPOPUIBHYIO IMOBEPXHOCTb, XapaKTEPU3YETCs MOJIOKH-
TEJIbHOW KPUBU3HOM, B TO BpeMsl Kak U3rMOaHNue B MPOTUBOIOIOKHOM HaIlpaB-
JICHUU MPUBOAMT K OTPHUIATENbHON KpUBU3HE. J{J1s1 KII€TOYHOW MeMOpaHbl pas3-
JUYMST MEXAY CTOPOHAMHU MEMOpaH OIpeesaeTcs UX OpUeHTaIMell 0 OTHO-
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HIEHUIO K 00beMy, KOTOpBI OorpaHuuMBaeTcs MeMOpaHoil. IlonoxutenbHas
KPUBU3HA COOTBETCTBYET BBIISTYMBAHUIO MEMOpaHb! BO BHEILIHIOIO CPELY.

JIunuaHele MONEKyJbl HUIMHApUYEcKor (opmbl (puc. 1.9, a), Takue kak
®X u CM, popMupyIOT NPEANOYTUTENHHO TIOCKUE OMCIOMHBIE CTPYKTYPBHI.
JlunuaHble MOJIEKYJBI, KOTOpbIE UMEIOT KOHH4YecKyto ¢opmy (puc. 1.9, 6), Ta-
kue kak JIADl wnmu @3, ¢ manbiM ruApodUIbHBIM MONEPEYHBIM CEUYCHUEM,
(bOpMUPYIOT CTPYKTYpPBI C OTPULIATEIHHON KPUBU3HOM, TaKue KaK HHBEPTUPO-
BaHHAs IeKcaroHaJlbHas (pa3za TpyOOYEK C TOJIOBHBIMU TpyNIamMu BHYTPU H
ruapoPOOHBIMU XBOCTAMH CHAPYKU. MOJIEKYJIbl, KOTOPbIE UMEIOT HUHBEPTHUPO-
BaHHYIO KOHHYECKYIO (hopmy (puc. 1.9, 6), Takre Kak MOJIEKYJIbl JETEPreHTOB,
auzodochommnuasl ¥ moaMGOcHONHO3ZUTHIBI, HOPMUPYIOT CTPYKTYPHI C TO-
JIOKUTENIbHON KpUBU3HOW, HAIIPUMED, MULIEIIIBI.

Jliig onrcanus MeMOpaH OOBIYHO MCHOJIB3YIOTCS JBE KOMOUHAIIMY [JIaBHOM
KpuBU3HBL: o0mas kpusm3Ha J (J =C +C,) u rayccoBa kpusuzHa K (K =¢ - C,
).

MO>KHO BBIJENHUTH YEThIPE TUIIA MEMOpPAHHBIX (OPM, KOTOPHIE XapaKTepH-
3YIOTCS pa3IMYHBIMU KOMOMHAIMSMU 3HAYEHUW TJIaBHOM KPUBU3HBI: IIJIOCKa,
UUJIMHIpUYECKas, ceanionogo0Has u chepuyeckas (puc. 3.4).

1. JJnst mnockoit ¢popmsl ¢ =0 u ¢, =0, cienosarensHo, 001Ias KpUBU3HA

J =0 u rayccoBa kpuBuzHa K =0 (puc. 3.4, a). [Ipumepamu ciyxar He-
OKalMJICHHBIC TJIa3MaTUYE€CKUE MEMOPAHBI.

2. Hwnuaapuueckas Qopma XapaKTepHU3yeTCs OIHOM MOJIOKUTEIHLHON
TJIaBHOW KpHUBH3HOH (C >0), a BTopas riaBHas KpuBH3HA paBHa Hymo (C, =0
). PesynbraTom siBisiercs He HyJsieBas oOmias kpuBu3Ha (J =C =0) u paBHas
Hymo rayccoa kpuBuszHa (K =0) (puc. 3.4, 6). Hununapuueckyro dopmy
UMEIOT MEeMOpaHbl BE3UKYJSIPHBIX MEPEHOCYMKOB, KOTOPHIE (YHKIIMOHUPYIOT
Mexay OP u kommiekcoM ['onbIku U TIa3MaTUYECKOM MeMOpaHoi, a Takxke
MeMOpaHHbIe TyOyIIbl, HarIpuMep, chOPMUPOBAaHHBIE cucTeMoi TuHaMuH-GTP-
vS24.

3. Jna cenmonomnoOHOM (HOpMBI TJIaBHBIE KPHUBH3HBI OJMHAKOBBI 1O a0CO-
JIIOTHOMY 3HAQUEHHIO, HO MMEIOT pasHble 3Haku (G =—C,). TakuM oOpazom,

oOmras kpuBU3HA paBHa HYmO (J =0), B TO BpeMs Kak rayccoBa KpUBHU3HA OT-
punarensia (K =—¢” <0). MemOpanHble Hepemeiiki, KOTOPhIE CBA3bIBAIOT

OYKOOOpa3HbIC TPAHCIIOPTHBIC BE3WKYJIbI U HCXOJIHBIC MEMOpPAHbI HA CTAIUSIX
Tiepel IOJIHBIM OTIEICHHEM BE3HUKYJIBI, XapaKTEPU3YIOTCS CEIJI0NO0T00HOM
dbopmoit (puc. 3.4, 8). KpoMe Toro, cermeHThl MEMOpaH cemionoao0Hon ¢op-
MBI pacIpeaesieHbl Ha MMOBEPXHOCTH IUCTEPH [ OIbIKK 1 MEMOPAHHBIX COCIU-
HEHUI MKy TpeMs i 0oJiee MITUHAPUICCKUMU MEMOpaHHBIMU YacTssMu DP.
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CxemaTHyeckoe
n300pakeHne

3HaueHune
KPUBU3HBI

I'eomeTpuyeckas popma 6uo-
JIOTUYECKHUX MEMOpaH

IImockocTte

Ra Q0
I
o9 oo

Humsap

c1>0
c,=0
J >0
K=0

Cemio

c1>0
c,<0

K<0

Cdepa

c1=C >0
J >0
K>0

Puc. 3.4. Cxemaruueckoe U300pa>keHUE U MPUMEPbI T€OMETPHUUECKHUX
dbopM OHoTOTHYEeCKUX MeMOpaH:
@ — MeMOpaHHBIH (parMeHT IIOCKOH KIIATPUHOBOU pELIeTKH, 6 — MeMOpaHHas TpyOouKa
1oz 000J109K0i U3 OeKa AMHAMUHA, 8 — IIepelIeeK MeMOPaHHO! «IIOUKN», 2 —MeMOpaHa ¢
KapKacoM M3 aCCOLMMPOBAHHOTO IN Vitro kiaTtpunHa

4. Yacto BcTpeuaromascs chepudeckas popma (puc. 3.4, 2) xapakTepusyer-
Csl ABYMSI paBHBIMH OCHOBHBIMHM KpHMBHM3HamH (C =C,). B 3TOM ciydae coort-
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HOIIIEHHE MEXIy OOIleil M raycCoBOM KpPUBU3HOM OMNpENesieTcs ypaBHEHHEM

K = J*/4. DHponuTapHbEIe BE3UKYIBI M BE3UKYJIbI, KOTOPbIe (DYHKIMOHUPYIOT
B cucreme «DP-xomrmuiekc ['oabIKM», UMEIOT MPAKTHUUECKH CHEPUUYECKYIO
bopmy.

B meMOpanax BHYTPUKIIETOYHBIX BE3UKYJISPHBIX MEPEHOCUYMKOB BCTpEYa-
I0TCS BCE HA3BaHHBIC TEOMETPUICCKHE (DOPMBI.

dopma MeMOpaH MOXKET paguKaIbHBIM 00pa30oM HM3MEHSTHCS B TPOIECCE
BBITIOJIHCHUS UMH (PU3UOJIOTHYECKUX (DYHKIMN WM TIPU U3MEHEHUU BHEIITHUX
ycioBuid. Hampumep, 3puTpOIuThl U3MEHSIOT (OPMY B THAPOIMHAMUYECKOM
MIOTOKE, YTO TO3BOJISIET UM TIepeMelIaThCsi B KPOBEHOCHBIX cocynax. [lmazma-
TUYECKUE MEMOpaHBI KJIIETOK MOABEPraroTcs TpaHchopmanusM GopMBbI IPH yC-
TAHOBJICHUH MEKKIJIETOUHBIX KOHTAKTOB WJIM TIPH PacIUIaCThIBAaHUW Ha CyO-
cTpare.

Jnst cozmanus omnpeneneHHon ¢GopMbl MEMOpPaHbI JTOJDKHBI MOJBEPTaThCs
nedopmarusm. Pabota, HeoOxoaumast 11 BBITIOJIHEHU AepopMaliiuu Mmemopa-
HBI, ONPENENSAETCS CTPYKTYPOM W 3JIaCTUYHOCTHIO MeMOpaHbl. MemOpaHHas
CTPYKTypa, He ToABepTHyTas nedopmaruu, 0003HAYaeTCsl KaK «CIOHTaHHAS
dbopmay. Ita popma XapakTepuzyeTcsi CHIOHTAHHON KPUBHU3HON MEeMOpPaHHOTO

oucios JSB 1 3aBUCHUT OT CIIOHTAHHOU KPpUBU3HBI BHYTPCHHCI'O K HAPYKHOI'O

MOHOCJI0eB MeMOpans, J!" u JJ*.

OnacTUYHOCTh MEMOPaHBbI ONPEAEISIET CUIIbI, KOTOPBIE OJDKHBI OBITH MpU-
JI02KEHBI JUIS CO3JaHUsl OTKJIIOHEHUH OT CHIOHTaHHOW (DOPMBI, a TAK)KE BEIUYU-
HY SHEpPIUH, KOTOpas aKKyMyJHpYeTCs B MEMOpaHe B pe3yjbTaTe TaKUX OT-
KJIOHEHUH. DJIAaCTUYHOCTh MEMOPAHBI XapaKTEpPU3yeTcsi HA0OPOM MOAyJIEH, Ta-
KX KaK MOZyNH M3ruba MeMOpaHHOIO MOHOCHOS K,, M OMCIOS Ky, MOLYJIH

raycCOBOM KPUBU3HBI MOHOCIIOS K, U OHCIOS Kg, MOAYJb CXKMMAaeMOCTH I10-

BepxHocTH K¢ M MOysb HAaKJIOHA YIJIEBOJOPOIHBIX IIETICH O OTHOIICHHIO K
MeMOpaHHOM MIIOCKOCTH.

3.3. '’MAPO®OBHOE COOTBETCTBUE MEXAY NUNMUOAMA U
BEINNTKAMU B BUCJIOE

HecMoTpst Ha BapuaOenbHbIA XUMHUYECKHI COCTaB OCHOBHOWM CTPYKTYpHOM
enuHUICH OnoMeMOpaH siBisiercs Gochomunuaneiii Oucnoi. bucnoit Tummy-
HOM 2YKapUOTHUYECKON KJIETKH MMEET TOJIIMHY MpUMEepHO B 5 HM. MemOpaH-
HbIe O€JIKH, OTIMYAIONINECS BBICOKOW BapuaOEIbHOCTHIO (POPMBI, BEChMa Cy-
MIECTBEHHO MOJIU(DUIIMPYIOT CTPYKTYPHYIO OpraHuzanuio memOpan. Hampu-
Mep, skTogoMeHbl AT®a3pl F1 mOKpHIBAIOT IJI0MIAh TOBEPXHOCTA MEMOPaHbI
B YETHIpE pasza OOJIBIIYI0, YeM IUIONIaJbh CEUEHUS TPAHCMEMOpPAHHBIX YacTeu
storo Oenka. HexoTtopwie Oenku, Ha0OOPOT, MOKPBHIBAIOT JUIIL HEOOJBIIHE
TJIOIIA/IA TIOBEPXHOCTH OUCTIOS.
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BapeupoBanue Gopmbl U MEXMOJEKYISPHBIX B3aUMOJICUCTBUM MeMOpaH-
HBIX KOMIIOHEHTOB MPUBOAUT K Pa3IuyusM B ToNMHEe MeMOpaH. [Ina3zmaruue-
CKasi MeMOpaHa OOBIYHO TOJIIIE, @ MEMOPaHBI siJipa U rpaHysapHoro P oObIu-
HO TOHBIIE, BCE APYTHe MEMOpPaHbI UMEIOT MTPOMEKYTOUHYIO TONIIUHY. MeM-
OpaHa MOXET OBITh CTPYKTYPHO OIpe/ieJieHa B COOTBETCTBUH C PACIOJIOKEHH-
€M €€ KOMIIOHEHTOB B TUIOCKOCTH MEMOpPAaHBHI.

B pamkax >KHIKO-MO3aMdHON MOJEIA MEMOpaH CUMTAETCS, YTO MEMOpaHa
oOpa3oBaHa 3a CUeT B3aUMOJICHCTBUS MEMOpPAHHBIX JIMIIUJOB U OEIKOB C BO-
JIOW, TIPU STOM B3aUMOJICHCTBUE MEXKIYy KOMIIOHEHTaMHU MEeMOpaHbl, 00yCIOB-
JICHHOE WX TUAPO(HOOHBIMH U TUIPO(PIIBHBIMUA CBOMCTBAMHU, TAKOBO, YTO CBO-
00JHAsi PHEPrUsi CUCTEMbl «MeMOpaHa — BOJIHOE OKPYKEHHE» MUHUMAaJbHA.
DyHaMEHTANBHBIN TPUHIIUI B3aUMOJCHCTBUSI TPAaHCMEMOpaHHBIX OEIKOB C
JUNUAHBIMUA OUCTOSIMU 0a3UPyeTCs Ha COOTBETCTBUU TOJIIIUHBI TUAPO(GOOHOTO
s]ipa JIMIUIHOTO OUCIOS U JUIMHBI THAPOGOOHON YacTu OEIKOBOM MOJIEKYJIbI,
KOTOpas MepeceKaeT JUIMUIHBIN Ouciioi (mpuHIUI ruapodoOHOr0 COOTBETCT-
BHS).

['uapodoOHOE COOTBETCTBUE UTPAET CYIIECTBEHHYIO POJb B OpraHU3aluu
¥ (PYHKUMOHUPOBAHUHU MeMOpaH. B Ouosiornueckux MmeMOpaHax ruapodpoOHoe
HECOOTBETCTBUE MPHUBOANUT K MOIU(PHUKAIINA MUKPOCKOITMYECKOW U MaKpOCKO-
MUYECKON CTPYKTYpbl MEMOpPaHBI U, CJIE€I0BATEIbHO, OMOIOTMYECKUX (PYHKIUH.
Nmeercs psll SKCIIEPUMEHTAIBHBIX JOKA3aTeNbCTB, YTO OENKH ¢ THIPOPOOHBIM
HECOOTBETCTBUEM BBI3bIBAIOT AePOpMALMIO OHUCIOS B OKPECTHOCTH OENOK-
JUNUAHOTO UHTEpdeiica, co3aBasi, TaKUM 00pa3oM, TeTEePOreHHbIE CTPYKTYPbI
B IJTOCKOCTH MEMOPaHBI.

Ha puc. 3.5 cxematuyecku mpecTaBiIeHbl TPUMEPHI TUAPOGHOOHOTO HECO-
OTBETCTBUSI MEKJy MEMOpPAaHHBIM O€JIKOM U JUIMHOW TUAPOGHOOHON YacTu Ju-
nugHoro Oucios. Kak BUAHO U3 pucyHKa, MOTYT HaOMIOIaThCs ABa ciydas: 1)
HEBO3MYILEHHAs THAPOPOOHAs TOJIIMHA JTUIUAHOrO Oucios 0. Gosblie 1u-
HBI THAPOGOOHON YacTh OenkoBoi Mousiekynsl Op (puc. 3.5, a), 2) HeBO3MY-
HIeHHAas TUApodOoOHAs TONIIMHA JUITHIHOTO OKciiost d. MEHbIIe TJTMHBI THAPO-
¢dhoOHO# yacTu OenkoBOi MoJiekynbl dp. BiusHue Oenka, mpuBoIsIIee K U3Me-
HEHHUIO TOJIIMHBI MeMOpaHbI, PacIpPOCTPAHIETCS Ha OMPEICIIEHHOE PacCTOsI-
HUE B JaTepajIbHON MIIOCKOCTH, 3a MpeaeaaMu KOTOporo OMCIoN BOCCTaHABIIH-
BAeT CBOIO TONIIUHY d, .

JlaTepanbHbIE TETEPOTEHHOCTH B MEMOpaHE MOTYT BO3HUKATh KaK CIIE/ICT-
BUE JIUTTUTHON COPTUPOBKU: B MIPUCYTCTBUH PA3JTUYHBIX THUIIOB JIMITHIOB MOJIE-
KyJIbI O€TTKOB OYIyT OKPY>KEHBI MOJIEKYJIaMH T€X THIIOB JIMITUI0B, KOTOpbIEe 00-
Jiee COOTBETCTBYIOT €ro jumHe ruapodobHor yactu Oenka. K addexram, cBs-
3aHHBIM C THUAPOGOOHBIM HECOOTBETCTBHEM, OTHOCATCS HAKIJIOHBI W/WIIH HC-
KpUBJICHWE BCEH MOJICKYJbI O€lika WM YacTei MOJUNENTUAHOW MEenH TpH
aJanTany MOJICKYJIbI OelKa K JUMUIHOMY OWCIIOI0, a Tak)Ke HAKJIOHBI OT-
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JACJIBHBIX cnﬂpaﬂeﬁ B OeJIKe. Haan/IMep, JJIsI HOHHBIX KaHAJI0B, POJOIICHMHA H
HCKOTOPBIX APYTHUX OcIKOB OKCIICPUMCHTAJIbHO IIOKa3aHO, YTO UI3BMCHCHUEC yTIJIa
HaKJIOHa OTACIBHBIX TpaHCMeM6paHHI>IX anpaﬂeﬁ COIMPOBOXKIAACTCA M3MCHC-
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e
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<+

Puc. 3.5. Cxemaruueckoe (a, 6) u MoJIeTIbHOE (8, 2) TIpeicTaBICHHE THAPOPOO-
HOTO HECOOTBETCTBHSI MKy MEMOPaHHBIM OCIIKOM U JIMIUIAMHU B OMCIIOC. 8 —
MHTETPAIBbHBIN OEJIOK B TOHKOW MeMOpaHe; ¢ — MPUTSHKEHNUE MEXKTY IBYMS
«ruapo(hoOHO HECOOTBETCTBYIOIIUMI» HHTETPATLHBIMHU OCIIKaMH

Takum o6pazom, ruapoPoOHOE HECOOTBETCTBHE MOXKET BECTU K YTOJIIIE-
HUIO WM CXKATUIO OHCIIOSN B OKPECTHOCTH MOJIEKYJ OCJIKOB MM K HAKJIOHAM
TPaHCOUMCIIONHBIX CrIUpaiel OEIKOB.

3.4. BUOJIOT'MYECKME MEMBPAHDBI KAK MAIKUE
MHTEP®EUCHI

Paccmotpenue Guonornueckux MemMOpaH ¢ MO3UIMH (PU3UKUA KOHJICHCUPO-
BaHHBIX CpPEJ MO3BOJISIET OTHECTU MX K TaK HA3bIBAEMBIM «MSTKUM KOHIEHCHU-
POBaHHBIM Martepuaiam». B oTauyue OT TpaJAMLMOHHBIX TBEPABIX KOHJIEHCH-
POBaHHBIX MaTepHalOB MATKHE MaTepuajbl XapaKTEPHU3YIOTCS KaK BBICOKOM
CTPYKTYPUPOBAHHOCTBIO, TaK W BBICOKOW JAe(POPMALMOHHON CIOCOOHOCTHIO
(MsarkocThio). K MArkum martepuanam, HOMUMO MEMOpaH, OTHOCATCS MOJIMMe-
PBI, IMYJIBCUH, KUJKHE KpUcTauibl U ap. HecMoTpst Ha TO, 4TO BCEe ATH CHUCTe-
MbI CYIIECTBYIOT B KOHJAEHCUPOBAHHOU (haze, HU OJHY U3 HUX HENb3s ONMHUCATh
OJTHO3HAYHO KaK KUJKOCTb WJIH TBEPJOE TEJIO.

Msirkue maTepHualibl, KaK MMPaBUJIO, aHU30TPOITHBI U MEPAPXUYHO CTPYKTY-
PUPOBaHBI, IPUYEM PA3MEPBI CTPYKTYpP Ha Pa3jM4HbIX YPOBHSAX OpraHu3aluu
MOTYT pa3jIM4aThbCid HAa HECKOJBKO NOpAAKOB. CBOMCTBA MATKMX MAaTepUasoOB
OTPENETAIOTCA B OOJBIIMHCTBE CIy4yacB CBOMCTBaMU TUHAMHYECKHX MOBEPX-
HOCTeH (MHTEep(ENCOB), ONMPEACISIONINX UX CTPYKTYPHUPOBAHHOCTb.
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buonornyeckue MmemMOpaHbl — MSTKHUE MaTEpHallbl, TaK KaK UX MOKHO pac-
CMaTpHUBaTh KaK CTPYKTYPUPOBAHHBIE XUIAKOCTH, COCTOSIIHUE U3 MOJIEKYJ C
BBICOKOM KOH(OPMAIMOHHOW CIIOKHOCTBIO. B TO ke BpeMsi oHM 00J1a1at0T BbI-
COKOM MPOYHOCTHIO U KECTKOCThIO MO CPABHEHUIO C U30TPOIHBIMU KUIKOCTSI-
MHU.
Kunkue nmoBepXHOCTH UMEIOT MOBEPXHOCTHOE HATSKEHUE G
oG,

o= ,

s ).

rae G, — u30bITOUHAs MOBEPXHOCTHAsA cBOOOHAsA sHeprus I udoca, 7 — temre-

paTtypa u S — miomabs noBepxHocTu. [IoBepXHOCTHOE HATSKEHUE MPUBOIUT K
MUHUMHU3ALUU UIOMAAN MOBEPXHOCTU M NPHUJAET €W OINpENEICHHYI0 XKeCT-
KOCTb.

buonoruueckne MeMOpaHsbl, IO CyTH J€J1a, MOTYT OBITh MPEACTABIEHBI KaK
HAa0Op MSTKUX UHTEpPEHCOB, MPUUYEM UHTEPPENCHl MOTYT OBITH JABYX THUIIOB:
KUJKAE U YKPEIUICHHBIE. Y KUAKUX UHTEPPEHCOB OTCYTCTBYET (PMKCHUPOBAH-
Has (JKECTKas) CBSA3b MEXAY COCEIHUMHU MoJieKynamu. i Takux uHTepQen-
COB XapaKTEpHO MPAKTUYECKH HYJIEBOE CONPOTUBIIEHHE cuiam ciasura. IIpu-
MEpPOM KHUAKOTO HMHTep(derica MOXKET CIYXUTh JUNUAHBIA OHCIION (JIMIOCO-
MaJibHast MeMOpaHa) (puc. 3.6, a).

a

Puc. 3.6. MemOpaHbl, XapakTepu3yIOIUecs MITKUMU UHTepdericamu:
a - xxujkue uaTepdencs (JUMUIHbIE BE3UKYITbI), 6 — YKpEIUIeHHbIE HHTep(eHChI
(CTIeKTpHUH-aKTUHOBAS CETh 3PUTPOLUTAPHBIX MEMOpaH)
B 1O e BpeMsl CyIIeCTBYIOT TaK Ha3bIBAEMbIC YKPEIUICHHbIC UHTEP(PEUCHI,
B KOTOPBIX UMEIOTCS (DUKCUPOBAHHBIC CBSA3U MEXIY COCEIHHUMHU MOJICKYJIaMHU
U, ClIeJIOBaTeNIbHO, Takue UHTepderchl 00HAPYKUBAIOT COMPOTUBJICHUE CIIBHU-
ry. [Ipumep ykpernseHHoro uarepdeiica — CrneKTpUH-aKTUHOBAsI CETh APUTPO-
IUTApHBIX MeMOpaH, onpenensonias GopMy ITUX KieTok (puc. 3.6, 6). MoJe-
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KYJIBI CIIEKTPUHA M aKTHHA CBA3BIBAIOTCS APYT C APYroM, (GopMHpYs B TIOCKO-
cTH MeMOpaHbI IBYMEPHYIO CeTh. B KaXkII0# y37I0BOM TOYKE CETH OCYIIECTBIIS-
eTCsI CBsI3b OEITKOBOM MOJIEKYJIBI C OMPEEIICHHBIM YUCIIOM COCEIe U 00pasy-
€TCsl CBSI3aHHAsI MMOBEPXHOCTh. DHEPTHUs B3aUMOJICHCTBUS MOJICKYJI B CETH Ha-
MHOTO OOJIBIIIE, YeM SHEPTHUS TEIIOBOTO ABMKEHUSI 00pa3yIOIINX €€ MOJIEKYIL.
XOTs JaHHas CTPYKTypa XapakTEPU3yeTCs OMPEISICHHON MOBMKHOCTHIO, OHA
MPOSIBIISIET COMPOTHBIICHUE CABUTOBBIM BO3JCUCTBHAM. MexaHWMYecKue, KOH-
(dbopManMOHHbIE U CTaTUCTUYECKUE CBOMCTBA YKPEIUICHHBIX WHTEPQEHCOB Cy-
MIECTBEHHO OTJIMYAIOTCS OT TAKOBBIX JIUIS KUAKUX HHTEP(PEICcoB.

HuTepdeiic MmoxeTr nedopMupoBaThCcsi HECKOIBKAMHU CIIOCOOAMM: MPU W3-
rube (puc. 3.7, a), pacTsHkeHUM Wik c:katuu (puc. 3.7, 6), capure (puc. 3.7, 6).

Puc. 3.7. Bunsl neopmanuu MeMOpaHsbI.
a — m3rud, 6 — pacTshkeHue (CKaTHe), 8 — CIBUT

B ciyuae sxuakoro mntepdeiica CONpoTUBIEHUEM CIIBUTa MOXHO TPEHeO-
peub. [IBa apyrux ciydas nedopmupoBanus uHTEepdeiica XapaKTepusyroTcs
MOJyJeM U3ruba K, U MOAYJIEM CKHUMAEMOCTU MOBEPXHOCTH K, coOTBETCT-

BEHHO. MOJyJib C)KMMaeMOCTH TOBEPXHOCTH OMpeenseTcs: Kak sHeprust Ec,
MPUXOJAIIASICA HA €AVHUILY TIONIAM TOBEPXHOCTH U PACXOAYIOMIASICSA HA W3-
MEHEHHE TUIOMIAAN IIOBEPXHOCTH S Ha BeawuuHy AS Ipu paBHOMEPHOM pac-
TSDKCHUM TOBEPXHOCTU. B COOTBETCTBMM C 3aKOHOM ['yKa ISl 31aCTUYHOU
npyxkuHel Ec onpenensiercs kak

1 AS
E.=—K.| —
2 S
XKecTkocTh MEMOpaHBbI PU U3TUOE OIpeNeseTCs], B IEPBYIO OYepeb, IPH-
OO TUMUAOB M UX MPOCTPAHCTBEHHBIM paciipesesienueM B oucioe. Konuue-
CTBEHHO >KECTKOCTb IPH U3rH0e MI0CKON MEMOPAHBI MOKET ObITh OXapaKTepH-
30BaHa ABYMsI MOYJISIMU, ONIPEACIIIEMbIMU JJIsl IByX OPTOTOHAJIbHBIX HAIpaB-
nenuit u3ruda (puc. 3.7). Moaynps uzruba Jjs riaakoil TOBEPXHOCTH OIpee-
JSIeTCS Yepe3 SHEPTruio Ep, MPUXOIAIIYIOCS HA €IUHHUILY IJIOIIAIU MOBEPXHO-
CTH M TpeOyIolIytocs AJi CO3/laHus cpeAaHeil kpuBu3Hbl H unrepdeiica, B co-
OTBETCTBUU C YPABHEHHEM
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E, =2k H?,

TJIe CpeaHsIsl KpUBU3HA H BhIpaKaeTcs 4epe3 JiBa TVIABHBIX paguyca KPUBHU3HBI
R;u R; (puc. 3.3)

1)1 n 1

2(R R
[Tpu ompenenennu sHepruu usruba Ex mpeamonaraercs, uro uHTepdeiic He
o0namaeT BHYTPEHHEN CTPYKTYpPOH M UTO HET OrpaHUYCHUI, HaJlaraeMbIX Tpa-
HULIAMU.

HOCKOHBK}’ B IIpOoHeCCe n3ruda MMPOUCXOAUT PACTAKCHUC U CIKATUC MOHO-
CJIOCB B MCM6paH€, TO OYCBHUIHO, YTO MOAYJIN n3ruda Kg U CKHUMacMOCTH I110-

H

BepxHOCTH K- MOryT ObITh CBsi3aHBI. CBSI3b MOKET OBITH BBIPAXKCHA MPOCTHIM
2
cootHomenueM k; = d."K¢, rae d. — ruapodobHas Tommuna ducos.

Jl1s XapaKTEepUCTHKH pa3MepoB 00IacTH MeMOpaHBbI, B Ipeenax KOTOpou
OHA OCTaeTCs IUIOCKOM M INIAJAKOH, BBOAUTCS NOHATHE IEPCUCTEHTHOH JUINHBI
(umHbl ycroynBoctn) &. IlepcucTenTHas [unHa & cBA3aHa ¢ MOILYJIEM M3TH-
0a Kz COOTHOLICHHEM

Ax,
KT

rae A — koHcTaHTa, k,— nocrossHHas bonbimana, T — temneparypa. B cootser-

E~exp

CTBUHM C 3TUM ypaBHEHHUEM & 3aBUCUT SKCIIOHEHIMAIBHO OT BEJIMYMHBI OTHO-
HIEHUS] MOLYJISl U3ru0a K BEIMYHUHE TEIJIOBOM SHEPIHH.

JIunocoManbHble MEMOpPaHbl B CHUIIY BBICOKOM MATKOCTH XapaKTEPHU3YIOTCA
MaJIbIMM 3HAa4eHHUsAMU K. BBelcHHEe B MeMOpaHy XoOJleCTepuHa NPUBOJUT K
YBEJIMYEHUIO €€ KECTKOCTU (MOAysb U3ruda x, Bo3pactaer). [Inasmatuueckue
MeMOpaHbl KJIETOK UMEIOT OOBIYHO MOJYJIb U3rn0a 3HAYMTENIbHO OOMbIIe, YEM
BEJIMYMHA TETJIOBOM 3Hepruu (kg > K. T ), Tak 4TO0, KaKk MpaBUIIO, IEPCUCTECHT-

Has JIJTMHA 1711 MeMOpaHbl OOJIbIIIe, YeM pa3Mep 0ObeKTa.

3.5. CTPYKTYPA BUOJTIOT'MYECKNX MEMBPAH

3.5.1. PasBuTue npeacraBrieHUN O CTPYKType
Guonornyecknx membpaH

[IpencraBnenust 0 CTpyKType MEMOpPaH 3HAYUTEIHHO IBOIOIMOHUPOBAIIH C
MOMEHTa nosBieHus1 nepBoi Moaenu B 1925 roay (E. I'oprep u @. I'pennen).
I'optep u I'penaen mpoBeid 3KCIEPUMEHTHI, HA OCHOBAHUU KOTOPBIX OKa3a-
JIOCh BO3MOJXKHBIM TIPEAINOJI0XKHUTh, YTO OHOJOTHYECKas MeMOpaHa SBIISIETCS
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CTPYKTYPOM, COCTOSILEN U3 IBOWHOTO CIOS JTUMUIAHBIX MOJIEKYJI.

3atem B 1935 r. 1. Hanusmnum u I'. JlaBcoH pa3paboTtaiiv nepByrO MOJACHb, B
KOTOpPO# OBLJIO YUYTEHO MPUCYTCTBHUE B MeMOpaHax OelIKOB — MPEoJiaraioch,
YTO OCJIKU PACIIONIOXKEHBI CJI0OEM Ha KaXKIOW CTOPOHE JIMITHIHOTO OWCIos. DTH
npeacraBieHust coxpansiuck 10 1972 r., korga C. 3unrep u I'. Hukoncon
CchOPMYITUPOBAIIN (GKUIKO-MO3aUYHYI0» MOJIENb, Ha KOTOPOH 0a3upyroTCs Co-
BpPEMEHHBIE TIPEICTABIICHUS O CTPYKType OnomMeMOpaH.

Kunko-mo3anyHass MOJIEb OMHUCHIBAET OMOJOTUYECKYI0O MEMOpaHy Kak
KUIKAW OUCIION, COCTOAIIMNA W3 CMECH Pa3IUYHBIX JIMIHIOB, B KOTOPBIN
BCTPOCHBI Oenku. MOoJIeKyJbI MOTYT CBOOOJTHO TEpeMeniaThCsl B IUIOCKOCTH
oucnos, 4To obecreunBaeT TeKydecTb MeMOpaHbl. M3-3a 60JbIIOro pasHoo0-
pasusl TMOUAHBIX U OEIKOBBIX MOJIEKYJ, (OPMUPYIOIIMX MEMOpaHy, OHA BbI-
TJIIAT TOI00HO MO3auKe.

B pamkax nanHoi monenu memOpaHa paccMaTpUBAETCs KakK CJIOXHAasl, reTe-
pOTEHHasl, TUHAMUYECKas, BHICOKO KoomepaTuBHas cuctema. CxemMaTH4YeCKU
KUIKO-MO3auvyHasi MOJeJIb MEMOpaHbI MpecTaBieHa Ha puc. 3.8. Monekysip-
Has OpraHU3aIMs MEMOpPaHbI MOYKET U3MEHSTHCS O ACHCTBUEM (DU3UIECKUX
(GhaKTOPOB M XMMHUYECKHX arcHTOB, YTO, B CBOIO OYEpEIh, MOKET BJIMITH HA
GYHKIIMOHUPOBAHUE KICTKHU.

YrieBoaHas LieNb

I'nuxonunung

Wnrerpaneubiii [lepudeprueckuit MHTErpanbHbIii
0eoK 0eJoK TJIUKOTIPOTENH

Puc. 3.8. Kuako-mo3andaasi MoJieJb OMOJIOTUUECKOW MEMOpaHBI

[Tocnenytorue yTouHEHUS KUIKO-MO3aMYHON MOJIEH TIPEIJIOKEHBI Ha OC-
HOBE PE3YyJIbTAaTOB JKCIEPUMEHTAIBHBIX M TEOPETHUYECKUX HCCIICIOBAHUH,
c(OKYCUPOBAHHBIX HA HEKOTOPBIX CHEIU(UUECKUX aCMeKTaXx MeMOpaHHOM
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cTpykTypbl. Tak, S. WM3paenamBuiu TpeAnoNORKUI, YTO OCIKU W JIMIHUABI
JIOJDKHBI «TIOJICTpauBaThCs» APYT K aApyry, D. CakMan oOpaTvui BHUMaHUE Ha
3HAYMMOCTh B CTPYKTYpe MEMOpaHbI IIMTOCKEJIeTa U TJIUKOKAIUKCa U T.]I.

DKCIepUMEHTAIbHBIE JAaHHBIE O MPOCTPAHCTBEHHON OpraHU3allU U JAUHA-
MUYECKOM TTOBEJICHUN OEIKOB Y JTUIUIOB B IJIa3MAaTHYECKOW MeMOpaHe, MoJry-
YEHHBIC B MOCJIEIHUE TOAbl C MOMOIIbI OMOPU3UYECKUX U OUOXUMUUYECKUX
METOJIOB, MO3BOJISIIOT MPEIJIOKUTH JadbHENIIee YTOUHEHUE MOJIEIU CTPYKTYP-
HO-JIMHAMUYECKOI OpraHu3aluu MEeMOpaHBbI.

3.5.2. Xuagko-mo3au4yHasa AOMeHHoO-pacpToBaa Mmoaenb
Guonornyeckon MemobpaHblI

Kuako-mo3zanyHasi MOJIETb MPEACTaBISAET cOO0M MOMBITKY CO3AaTh KapTH-
HY JBYXMEPHOW OpraHu3alMK OEJIKOB U JIUIHJIOB B MEMOpaHE U OMUCHIBAET
I1a3MaTHYECKYI0 MEMOPaHY KaK MYJbTUKOMIIOHEHTHYIO Cpely (DyHKIIMOHAIb-
HO aKTUBHBIX O€JIKOB, pacHpeeiICHHBIX B JIUIUIHOM OMCIOE MEMOPaHBI.

OpHako JaHHas MOJIENb HE YUUTHIBACT (PYHKUIMOHAIBHOTO 3HAUYEHUS PU3U-
YeCKOW reTepOreHHOCTH B JIMIIMIHON opranu3auuu MmeMmOpaH. JlatepanbHast re-
TEPOr€HHOCTh JIMIIUAHOTO OHUCIION OIpeaesnseTcss AMHAMUYECKON HEOAHOPOI-
HOCTBIO paclpeiesieHus JIUMUIHBIX MOJIeKyJl. B mimockoctn MmemOpaHbl Beiea-
CTBHUE TEIJIOBOIO JBMKECHHSI BO3HUKAIOT aHCAMOJIU JIMIUIHBIX MOJEKYI, Gop-
MUPYIOIIMX B pe3yJbTaTe B3aUMOJECUCTBUS JOMEHHYIO CTPYKTYpPY JUIIUIHOTO
MOHOCJIOS. JIMMKIHbIE JOMEHBI XapaKTEPU3YIOTCS ONPENEICHHBIMU pa3MepaMu
U BPEMEHEM JKHU3HU MOJIEKYJl B JoMeHe. JIoMeHbl MOTyT NepeMelaThCs B
IJIOCKOCTH MEMOpaHbl Kak 1enoe. Pu3nyeckre CBOMCTBA JOMEHOB BO MHOIOM
ONPEAENSAIOTCSA JUMUAHBIM COCTABOM.

Jlunamuyeckasi KapTUHA 0Opa30BaHUsl MEMOPAHHBIX MHKPOJOMEHOB Oblia
noctyinpoBana CakmanoM emte B 1970-x rr. HekoTopsle n3 10MeHOB, conep-
YKAIIUX BBICOKYIO KOHIIEHTPALIMIO XOJIECTEpUHA U C(OUHTOJIUITUIOB U UMEIOILINUX
BBICOKYIO YCTOMYHBOCTh B MeMOpaHe, ObUTH Ha3BaHbI «JTUMUIHBIMEU padTaMm
(auru. raft — mor). Hemenkuii yuensiit K. 3umonc B 1997 r. BeIABUHYJ TEO-
PHIO «JIMIUAHBIX papTOB», B paMKax KOTOPOM JUNUAHAas MeMOpaHa paccMmart-
pUBaeTCs Kak JAMHAMHUYHAs, ObICTPO M3MEHSIoLAscs CTpyKTypa. OTaenbHbIe
o0acTu MeMOpaHbl OPraHU30BaHbl B IOMEHBI, 000TallleHHbIE XOJIECTEPUHOM, U
UMEIOT OOJIBIIYIO IJIOTHOCTh, Y€M OCTajlbHas 4acThb MeMOpaHbl. JlunuaHbie
nomeHbl (padTbl) ciocoOHBI CBOOOIHO apeiidoBaTh B MemOpane. C IUMUIHBI-
MU JIOMEHAMH CBs3aHbl HEKOTOpPhIE Oenku (puc. 3.9).

['unore3a MUNUAHBIX pa@TOB MOAKPEIUIAETCA TEM, YTO JUNUAbI B IJIa3Ma-
TUYECKON MeMOpaHe UMEIOT (PU3nYecKr 00OCHOBAHHYIO TEHJICHIIMIO K KiacTe-
pu3anuy (MUHUMHU3ALKs CBOOOJHOM SHEPTUU CUCTEMBI), YTO MPUBOJUT K JiaTe-
pajdbHOM TeTEepOreHHOCTH IJIa3MaTHYECKOM MeMOpaHbl, BO3HUKAIOUIEH, Ha-
npumep, u3-3a 0osee MIOTHON YIaKOBKH XOJIECTEPUHA C HACBHIIIEHHBIMU U MO-
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HOHEHACHIIIIEHHBIMU (PochonunuaaMy, 4eM ¢ MOJUHEHACHIEHHBIMU (ocdo-
JUTHIAMH.

A R i
LR

= " B
S
% 7 O O y.
Pa¢r

Puc. 3.9 . Cxemaruueckoe U300pa>keHuE JIUIUTHOTO
nomeHa (pagra)

B nocnennue roapl Hab0aeTCsl PE3KOE YBEIMUYEHUE MHTEpeca K JIUMHUA-
HBIM padTaM. JTa 00yCIOBIEHO TEM, YTO FMIOTE3a JIMIUIHBIX PapTOB CBA3BI-
BaeT (PyHKIMOHAJIbHBIE CBOMCTBA MEMOpaH C JIaTEPaJIbHOU I'€T€pPOre€HHOCTHIO
MeMOpaHbl U MOXET OOBSICHUTH MHOTHE MPOIIECCHI, TPOTEKAIOIINE B KIIETKE.
[Ipenmonaraercs, 4To JUMUIAHBIE padThl UTPAIOT BAXKHYIO POJIb B Pa3IMYHBIX
dbu3znoNOrMYecKrX MpoIeccax, BKIOYas KICTOUYHYIO aJIre3uto, BHEIPEHUE Ta-
TOTEHHBIX BHPYCOB M OaKTEpHii, 3ayCK KJIETOYHOTO OTKJIMKA (OT aKTHBAIUU
KJIETOYHOTO JICIICHUS JI0 aronTo3a).

Pa3BuTre HOBBIX METOJOB MCCIEAOBAHUS APXUTEKTYpPhl MEMOpPaH MO3BOJIH-
J0 OOHAPYKUTH JUMHUIHBIE TOMEHBI B KIETOYHBIX MeMOpaHaX. YCTaHOBIIEHO,
YTO JIMMUIHBIE padThl UMEIOT Majiblie pazmepsl (MeHee 50 HM). Jlunuael B Mem-
OpaHHBIX JOMEHAX YIaKOBaHBI OoJiee IJIOTHO, YeM B OKpYXKaroliei He padTo-
BoH (haze. Tonmuua padTOBBIX y4acTKOB MEMOpaH, Kak MpaBuiio, 00JIbIIe, YeM
TOJIIIIMHA OMCIIOS B )KUAKOH (haze.

Kpome xonecteprHa ¥ COUHTOIUMUIOB JIUMHUIHBIE paQThl 0OOTAIICHBI
MHOTMMH PELENTOPHBIMU O€lKaMU KJIETOYHON MOBEPXHOCTH, & TaKXKe MHOTH-
MU CHUTHaJbHBIMU O€IKaMU, KOTOPBIC CBSA3BIBAIOTCS PEIENTOPaMH U aKTHUBH-
PYIOTCSI UMH.

YcTaHOBIIEHO, YTO PsiA KOMIIOHEHTOB IJIA3MaTUYECKOW MeMOpaHbI HE pac-
TBOpSAETCSA NpH HU3KKMX Temmneparypax (+4 °C) B HEMOHHBIX JETEpreHTax, Ta-
kux kak TputoH X-100. erepreHT-ycToiuuBble (DpakiuK KIECTOUYHBIX MEM-
OpaH oboranieHbl X0JIeCTEPUHOM U CHUHTOMUEITMHOM U COAEpKaT PsiJl JIUITHI-
3aKOPEHHBIX OCJIKOB, BKtouas rimkoswidocharuaumuosuton(GPI)-3asko-
PEHHBIE OCIKHU.

[Tocneanue mnpencTaBieHUs O pa3AEICHUU JUNUAHBIX (a3 Ha KUAKO-
yIOPSA0YEHHBIE Ly U AKUAKO-HEYTIOPsIIOUeHHbIE Ly MO3BONIAIOT MPEATION0KUTh,
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YTO TaKHe CTPYKTYpHbIE 00pa30BaHUsI UMEIOT MECTO B IJIA3MaTUYECKON MeEM-
Opane. [lokazaHo, 4TO B 3aBUCMMOCTH OT THUIA KJIETOK 3HAYUTEIbHAas 4acTb
miazMatuyeckod memOpansl (1o 70 %) MOXKET HaxOAUTbCS B KHUJIKO-
YIOPSAI0YCHHOM L, COCTOSIHMH. DKCIEPUMEHTHI C MOJCTBHBIMH JIMITHIHBIMU
MeMOpaHaMu MPOJIEMOHCTPUPOBAIH, YTO ¢aza L,, XxapakTepu3yromascs BbICO-
KAM COJICpKaHUEM XOJIECTEPHHA, TaK)KE YCTOWYMBA K PACTBOPCHHIO OXJIAXK-
JIEHHBIMHU HE WOHHBIMH JeTepreHTaMu. TakuMm oOpa3oM, Iia3MaTHIecKas MeM-
OpaHa, Mo BCel BUAMMOCTH, OPTraHN30BaHa B IOMEHBI, JIUMHAIHAS (ha3a B KOTO-
pBIX MOJ00HA >KUAKO-YIOPSIOYCHHONW JMMHUIHON (a3ze L, MOACIBHBIX MEM-
OpaH. B cBoro ouepenb, JOMEHBI paclpeieNieHbl B KUAKO-HEYHNOPAI0UYECHHON
daze mumuaoB (Lg). Hampumep, Oemok Thy-1 (GPI-3askopenHbiii 0eaok) u
raurmo3ug GM1 (chuHromumnua) B MOJEIBHBIX MEeMOpaHaX, XapaKTepU3yro-
HIMXCSI COCYIIIECTBOBAHMEM pasJielieHHbIX (a3 L, u Ly, pacnpenenstorcs npen-
NOYTUTENHHO B (pa3y Lo, B TO Bpemsi Kak JUMUABI ¢ KOPOTKUMU WA HEHACHI-
HICHHBIMU AIWJIBHBIMU IETSIMU U OOJIBIIMHCTBO TPAaHCMEMOpPaHHBIX OEJIKOB,
HA000POT, UCKITIOYAIOTCS U3 ATOU (Da3bl.

C ToukM 3peHUs TEPMOAWHAMHUKU (aza BCEraa SBISETCS MaKPOCKOIHYEC-
CKOU CHCTEMOM, cOCTOsIIIe u3 OOJBIIOro yuciaa Mojekyd. Eciu mpenmosno-
KUTh, UTO pa3mep JoMeHa coctaisieT 8—10 uM, To B HeM conaepxkutcs ~30—40
MOJIEKYJT JIUMUJIOB U ~6—10 OenkoBbIX MOJIEKy. TakuM oOpa3oMm, KaxIbli OT-
JETBHBIA IOMEH HE MMEET JOCTATOYHOTO YHCIIa MOJIEKYN I TePMOIUHAMHU-
yeckoro ompeaeneHus ¢aspl. [lo3ToMy MOXKHO CUYHTaTh, YTO JKHUIKO-
ynopsiioueHHas ¢aza B MeMOpaHe BKJIIOYAET Bce JoMeHbl. OCTaBIIasiCcsi 4acTh
MeMOpaHbI, OKpYyKaromias padThl, MOKET PacCMaTPUBATHCA KaK TOMOTCHHAs
KUAKO-HeynopsaoueHHas ¢aza. B OIIP-skcnepuMeHTax co CIMHOBBIMH MET-
KaMH OTpeJIeJICHO, YTO JUMUAHBIC padThl XapaKTepU3yITCS KOPOTKHUMH Bpe-
MeHaMHu XKu3HU. Mosekynbl udGyHaIupyoT B padT WK U3 HEro 3a BpeMeHa
MOpsiJIKa JECATKOB MUJUTMCEKYH/ UK Jla’ke MeHblie (puc. 3.10).

Koadbdumuent muddysun Monexyn TUNUI0B B KIETOYHBIX MeMOpaHax (B
3aBUCUMOCTH OT THUIIa KJIETOK W TUIa MeMOpaH) B 5—50 pa3 HUXKe, 4YeM B HC-
KYCCTBEHHBIX JIMIMUJIHBIX MeMOpaHax (numocomax). [Ipu KoHIIEHTpUpOBaHUU
0enkoB B 1oMeHax ko3¢ dunnent qudy3un MosieKyIl JIUINUI0B YMEHbIIIAeTCS.

B3anMopeiicTBruEe OTACIBHBIX JOMEHOB MOXKET MPHUBOJIUTH K 00pa30BaHUIO
arperaTtoB JOMEHOB, B Pe3yJIbTaTe YE€TO CO3/1al0TCS YCIOBUS JIJIsl B3aUMOICHCT-
BUs OCJIKOB, CBSI3aHHBIX C padTaMu, a, CJIeI0BaTEIbHO, U 00eCTIEUeHUsT OIpe-
JEICHHBIX (PYHKIIMOHAIBHBIX CBOMCTB MeMOpaHbl. BTN MPOBEIEHBI SKCIICPH-
MEHTHI TI0 M3YYCHHIO N3MEHEHUS (DYHKITMOHAIBHBIX CBOMCTB MeMOpaH IpH U C-
TOIICHWH IO XOJIECTEPUHY, YTO ITO3BOJIUJIO YCTAHOBHUTH (DAKTHI BOBIICUCHHS
JUTTUAHBIX paQTOB B pa3IMUHBIC KIETOYHBIEC MMPOIIECCHI.
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Puc. 3.10. CxemaTudeckoe n300paxeHIe TPACKTOPUU TOCe-
JOBATEJIBHBIX TIEPEMEIICHUI MOJIEKYJT JIMIIHUJIOB U3 IOMEHA B
JIOMEH B MOHOCJIO€

[Tpu ucnonab30BaHUM KOMOMHAIIMK METOJIOB C BHICOKUM pa3pelieHueM HU30-
OpaxxeHu#, (PIyopecleHTHBIX METOJIOB aHadu3a U MaTeMaTUYECKOro MOJIEIH-
pPOBaHUsI YCTAHOBJIEHO, YTO OEJIKOBBIE MOJIEKYJIbI KaK B padTax, Tak U OCTalb-
HOM yacTu MeMmOpaHbl pacmpeliesieHbl HepaBHOMEpHO. [loimyuyeHHbIE JaHHBIC
CBUJIETEILCTBYIOT O MPOCTPAHCTBEHHOW IE€TEPOreHHOCTH OEJIKOB B 00OUX MO-
HOCJIOSIX M O KJIACTEePHU3alMU KaK papTOBBIX, TaK U HE PAPTOBBIX OEIIKOB.

Yactp (2040 % ot obmero uncia) GPIl-3asxkopenHbIx 0enkoB GhopMupyeT
JIOMEHBI BBICOKOM MJIOTHOCTH € pajaunycoM 4-5 M. To ectb B m0oJ0OHOM 10MeE-
HE Ha MOBEPXHOCTU KJIETOK COJEPIKUTCS HECKOJbKO Moisiekyn GPl-3askopen-
HbIX OenkoB. B wacTHOCTH, pa3Mep OENKOBBIX JTOMEHOB B TUIa3MaTUYECKON
meMOpane kiaetok CHO BapbupyeT B o6mactu 5+20 uM. Pazmuunbie n30hopmbl
0enkoB Ras popMUpYIOT BO BHYTPEHHEM MOHOCJOE IIa3MaTUYecKoil MmemOpa-
Hbl kietok CHO gomensl paguycom oT 6 10 11 HM ¢ yncioM Mosekyn Oenka
OoT 6 10 8 B KaXKIIOM.

Takum 00pa3oMm, MOBEPXHOCTh KJIETOYHOW MEMOpaHbl MOYKHO MPEICTABHUThH
B BUJC KUIKOH MO3aWKH CO CTPYKTypamH THIIa JOMEHOB M padTOB (FKHUIKO-
MO3aW4vHas JIOMEHHO-padToBas MOCIh OHOJOTHUYECKON MeMOpaHbl (pHC.
3.11).

3.5.3. AnHamunyeckas TBepAoO-KapKacHasi XXMaKo-Mo3anyHas
Moaenb 6Monornyecknx MemopaH

HCCJ’IGI{OB&HI/IC KJICTOYHBIX MeM6paH IMMO3BOJIMJIA YCTAHOBUTD, YTO IJIs1 MHO-
T'HX INIa3MaTH4YCCKHUX MCM6paH XApPaKTCPHBIM ABJIACTCA HAJIUYHC OEJIKOBOro
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nuTOCKeneTa. B pesynbTare, Kak MpaBWilo, HE KOBAJIEHTHBIX OEIOK-OEIKOBBIX
B3aMMO/ICHCTBUN B MeMOpaHe (opMuUpyeTcsi HenpepbhiBHAs MeMOpaHHas Oeli-
KOBasi C€Th, BO MHOI'OM OINPEIENAIOIas CTPYKTYpHbIE M (PYHKIIMOHAIbHbIE
cBoiicTBa MemOpanbl. Hampumep, y sputpouutapHoii MeMOpaHbl HEMpepbIB-
HBII OETTKOBBIN KapKac COCTOUT U3 CHEKTPUH-AKTHHOBOM CETH, HE KOBAJICHTHO
CBSI3aHHOM C MHTETpadbHBIMH Oenkamu (Oemok mosockl 3). M3BecTHa ompene-
JISIIOIIasi POk Kapkaca B MOJIepKaHuU (OPMbI, OCMOTHUECKON YCTOWYHUBOCTH
U MEXaHUYEeCKOU Je(hOpMUPYEMOCTH SPUTPOLIUTOB.

Puc. 3.11. )Kunko-mo3anmdHasi JOMEHHO-papTOBast MOJICI> OMOJIOTHIECKONH MEeMOpaHBbI

Cornacno C. B. KoneBy, «MeMOpaHa OnMCHIBAa€TCS B BUAE HEMPEPHIBHOTO
TBEPIO-YIPYroro OCIKOBOTO KapKaca, SYCHKH KOTOPOTO 3aIrlOJTHEHBI JIIIHI-
HbIM OncioeM. BenkoBwIi KapKac MpeacTaBisieT co00 €MUHYI0 dHEpTreTHYe-
CKYI0O CHCTEMY OTHOCHUTEIHHO CIa0bIX HOHHBIX, BOJOPOJHBIX, BaH-ACP-
BaaJIbCOBBIX CHJI MEXIPOTOMEPHOTO U BHYTPUIIPOTOMEPHOTO B3aUMOACHCTBUS,
a 4acThb WHTErpaJIbHbIX OCJIKOB HE BXOIHUT B COCTaB KapKaca M HaXOJIWUTCS B
TPaHCIISIITAOHHO-CBOOOTHOM COCTOSTHUN.

[Tnazmatuueckas MeMOpaHa pa30uBaeTCs IIUTOCKEIETOM Ha KOMIAPTMEHTHI
pazmepom ot 30 10 500 HM B 3aBUCHUMOCTH OT THUMAa KJIETOK. B komnapTmeHTe
MOJIEKYJIBI COBEPIIIAIOT OTPAHWYCHHBIC TPAHUIIAMU JIBI)KCHUS B JIATEPATbHON
MJIOCKOCTH, TIPU ATOM JIaTe€pasibHAasl TIOJIBIPKHOCTh JJOCTATOYHO BBICOKA, TaK KaK
aunuaHas paza sBISIETCS KUAKO-HEymnopsiioueHHOU Ly, Mosekynbl nuddyH-
JUPYIOT B Mpeenax KOMIapTMEHTa, 3aTeM MEePEMEIAloTCs B IPYrol KoMmap-
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TMEHT M Tak jainee. [lepeMereHre MOJIEKYJI W3 KOMITAPTMEHTa B KOMITAPTMEHT
MIPOUCXOJIAT 32 BpeMs, Topa3io OoJIbIIee, YeM BpPEeMS HaXOXKJICHHUS B KOMITap-
TMEHTE, U HOCSIT XapakTep MPbDKKOBON nuddy3un (IMTEIHLHOCTH IMporiecca
MEePECKOKA MOJICKYJIBI MEXKIy KOMITAPTMEHTAMHU TOpa3o OOJIbIIIe BpEMEHH Ha-
XO0XKJICHUSI MOJIEKYJIBI B IIPE/IeNIaxX KakJI0ro koMmnapTMeHnTa) (puc.3.12).

11 mc

Puc. 3.12. TpaekTopuu ABIKEHUS ABYX PA3TUYHBIX MOJIEKYJ JTUMHIOB
B ITa3MaTHYECKOH MeMOpaHe, YCTaHOBIICHHBIC IKCIIEPUMEHTAIBLHO
(uudpamu ykazaHO BpeMs HAXOXKIACHUS MOJICKYITbI
JUMUIA B K&KIOM KOMIIAPTMEHTE)

Takum oOpa3zoMm, HanMuue MEMOpPAHHOTO LUTOCKENETa M Y4YeT >KHUJIKO-
MO3aUYHBIX CBOMCTB KOMITAPTMEHTOB NPUBOIAUT K TUHAMHYECKOW TBEpIO-
KapKaCcHOM XHUJKO-MO3au4HOU Moienu 6uomemOpans! (puc. 3.13).

Puc. 3.13. TBepno-kapkacHas >KMIKO-MO3audHasi MOJIETb
OHMOJOTUYEeCKON MEMOpaHBI

OpHako B JAaHHOM IPEICTABICHUHA MOJIENb HE YUUTHIBAET JIATEPAIBHYIO T'e-
TEPOre€HHOCTh JIMNIUAHOTO Oucnos. Ilpu paccMoTpeHnn MOAENN C Y4ETOM MO-
JEKYJSIPHOM TE€TEPOr€HHOCTH KOMIIAPTMEHTOB MOXHO 3aKIKOYUTh, YTO JaTe-
panbHas quddy3us HHAMBUIYATBHBIX MEMOPAHHBIX MOJIEKYJ U MajbIX MoOJe-
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KYJISIPHBIX KJIACTEPOB B Mpejesiax KOMIIAPTMEHTa pa3jnvaeTcs BeCbMa He3Ha-
YUTEJIbHO, TAK KaK B COOTBETCTBUU C TMAPOJAMHAMUYECKON TeOpHei B JaHHOM
cinydae kodddunuent nuddysumn cinabo 3aBUCUT OT pasmepa. B cuimy storo
MOJICKYJIbI, HaXOsIIrecss B HE padTOBOM (a3e, 1 MOJEKYJIbI, BKIFOUCHHBIC B
MaJjbie padThl, B TIpeIesiax KOMIIapTMEHTa OYIyT B TIIOCKOCTH MEMOpaHbI IBU-
raThCs MOJ0OHBIM 00Pa3oM.

OnHako MPUCYTCTBUE OEIKOBOTO IUTOCKENETa, B3aUMOJICHCTBHIE €ro C ApPY-
TUMH WHTETPATbHBIMU O€JIKaMH, BO3MOXKHOCTh (DOPMHUPOBAHHS B Mpeieiax
KOMITApTMEHTA KPYITHBIX JOMEHOB TPEeOYIOT YTOUHEHHS MOJCIIN OTMCAHMSI JTU-
HAMUYECKUX CBONCTB MEMOpPaHHI.

benkoBblii 1UTOCKENET (GOPMUPYET MEMOpPAHHYIO CETh MPAKTUYECKU He-
MOJBWXHBIX (IIO CPABHEHUIO C JIMIHUIHBIMU MOJIEKYJIaMH B (aze Lg) «sKopein»,
o0pa3ylolux CTPYKTYpYy, HallOMHHAIONIYI0O JUHAMHYECKUN «OENKOBBIA 3a-
O0p», KOTOPBIHA PE3KO OTPAHUUYMBAIOT JIATEPAIBHYIO MOJBUKHOCTH KOMIIOHEH-
TOB MeMOpaHbl. OT/e/bHbIE MOJIEKYJIbl WM MaJible KJIACTephl MOTYT «IIpoca-
YUBATHCS» Yepe3 AUHAMUYECKUE SN MEXY «IIITaKeTHHAMU» (MOJIEKyJIaMu
O€JIKOB), CBSI3AHHBIX C «3a00pom» (MEMOpaHHBIM CKEJIETOM), B TO BpeMs Kak
OOJBIIME KIACTEPhl OyIyT UCHBITHIBATH CYIIIECTBEHHOE COMPOTHUBIICHUE TIEepe-
Metenuto (puc. 3.14).

Puc. 3.14. [lnnamMnuueckast TBep0-KapKacHas XKUIKO-
MoO3anyHasi JOMEHHO-padToBast MOJIENb OHOIOTUYECKOM
MeMOpaHBbI

YcTaHOBIEHO, UTO pa3Mep IENTu MEXKIY «IITaKeTHHAMU» B «3a00pe» i
pPa3JIMUHBIX THUMAaX KIETOK B CPEIHEM COCTaBISIET mopsnka 2—9 Hm. M3ydeHa
TpaHcisIonHast muddy3us npeanosaraeMbeix papTOBBIX U HE PAPTOBBIX MO-
JIEKYJI ¥ YCTAHOBJICHO, YTO OMPENETSIOMUMU (HaKTOpaMu OTPAaHUYEHUS CKOPO-
CTH JIaTepaibHOU MU Py3un MEMOPAHHBIX KOMIIOHEHTOB SIBJISIFOTCSI CTPYKTYPBI
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THUIIa TPAHCMEMOPAHHBIX SIKOPEH.

Takum 00pa3omM, MojesIb MEMOpaHbl B 3aBUCUMOCTH OT TOIO, YUUTHIBAETCSA
WIN HE YYUTHIBAETCA MOJIEKYJISIpHAs T€TEPOre€HHOCTh B KOMIIAPTMEHTaX, MO-
XKEeT ObITh MPEACTaBIICHA MO0 KaK TBEPAO-KapKacHas >KUIAKO-MO3auyHasi MO-
JieNb, THOO0 KaK TBEpAO-KapKacHas KUIKO-MO3anuvHasl TOMEHHO-padToBast Mo-
JEJb.

NMABA 4. PELUENTOPHbIE U CUTHAIIbHbIE
®YHKUUUN BUOJIOTUHECKUX MEMBPAH

4.1. POJ1Ib BUONTOTMYECKUX MEMBPAH B NPOLIECCAX
PELENUUAN N OBPABOTKA UH®OPMALIUU

OpHMM M3 OCHOBHBIX CBOMCTB JKUBBIX CHUCTEM SIBISIETCSA UX CIOCOOHOCTB
NpUHUMAaTh, 00pabdaThIBaTh U NepeaaBaTh HHPopManuio. [Iponeccs penenuuu
1 00paboTKK MHGPOPMAIH MTPOTEKAIOT KaK B OJHOKJIETOUYHBIX, TAK M B MHOTO-
KJIETOYHBIX OpraHu3mMax. B MHOTOKJIETOUHBIX OPraHM3Max B MPOLIECCE IBOIIO-
UM TPOM30IIIA Cleuann3aus (YHKIUA pa3indHbIX THIOB KieTok. [Ipum
TOM KJIETKH TPHOOPENIH CHOCOOHOCTh pearupoBaTh M3MEHEHHUEM (YHKIIHO-
HaJIbHOM aKTUBHOCTH U MeTaboiM3Ma HE TOJIbKO Ha (aKTOpbl OKpY’Karollen
cpelpl (Kak B OJIHOKJIETOYHBIX), HO U Ha U3MEHEHUS, IPOUCXOAIINE B IPYTHX
KJIETKaX.

Cucrembl perenuuu ¥ 00pabOTKKM HHPOpMaluu, (YHKIUOHUPYIOIIUE B
KUBOTHBIX U PACTUTEIBHBIX KJIETKaX, OCHOBaHbI HA €AUHBIX NpuHIMnax. Kiro-
YEeBYIO POJIb B MpoIeccax mpruema, 00padoTku u nepenayn nHpopMaimu urpa-
10T Ouonornueckue Mmemopansl. Ilepenada curuaaoB Mexay KJI€TKaMH OCyIlle-
CTBJISIETCS] C TOMOILBIO IEPBUYHBIX MECCEHKEPOB (MOCPEAHUKOB). B KauecTBe
MEPBUYHBIX MECCEHKEPOB BBICTYMAIOT PA3NIUYHBICE XUMUYECKUE COCAMHEHUS
(paxTopsl pocTa, TOPMOHBI, HEUPOTPAHCMUTTEPHI U 1p.) U (u3HUecKue PaxTo-
pbl (CBET, dJEKTpUYecKoe mojie u jap.). Peuenuust nepBuyHOM uH(OpManuu
OCYUIECTBJISIETCSI, B OCHOBHOM, PAa3JIMYHBIMU KOMIIOHEHTAMHU IJIa3MaTHYECKOM
MeMOpanbl. OJTHAKO BO3MOKHA pelenuus MHPOpMaLMKU KIETKOM 0e3 ydacTus
KOMIIOHCHTOB TIa3MaTHUeCKON MeMOpaHbl. Hanpumep, runpodoOHBIE cTEpO-
UJHbIE U TUPEOUIHbIE TOPMOHBI CITIOCOOHBI AU(PGYHIUPOBATH YEpe3 JIUITUTHBIN
OucCoi U B3aMMOJAEHCTBOBATH CO CIEHHUAIBHBIMU O€JIKaMU-PELENTOpaMu yiKe
BHYTpH KJeTKu. CleyeT Takke OTMETHTbh, YTO PeLenius NepBUYHON HHPOP-
Mali MOKET OCYUIECTBIIATHCA KOMIIOHEHTaMH MEMOpaH BHYTPUKIETOUHBIX
opranesul. Hanpumep, B3auMoielicTBUE KBAHTOB CBETa C MOJIEKYJaMHU POAOTI-
CHHA TIPOMCXOJUT B MEMOpaHe TUCKOB (POTOPEIENTOPHBIX KIETOK. AKTHUBAIUS
PUAHOAMH-YYBCTBUTEIBHBIX PELENTOPOB PHIOIMIA3MAaTUYECKOIO U CapKoILias-
MaTUYECKOT'O PETUKYIyMa MOXKET OCYIIECTBIISTHCS HE3aPsHKEHHBIMH HU3KOMO-
JeKYJISIPHBIMA HEOPTAaHUYECKUMHU COSIMHEHHSIMH, CIOCOOHBIMU TU(PyHIUPO-
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BaTh 4epe3 JUIMUIHBIA OUCIION TUIa3MaTHYecKO MeMOpaHbl, TAKUMHU Kak Iie-
POKCHJ BOJAOPO/Ia UM OKCHJI a30Ta.

[Tocne pereniuu nMepBUYHBIX MECCEHKEPOB KOMITIOHEHThHI OMOJIOTHY €CKOM
MeMOpaHbl OCYIIECTBIIIOT 00pabOTKY U yCHUJICHHE MOJIyYeHHOTO CUTHAlIa, Iie-
penaya KOTOPOrO Ha BHYTPUKIETOUHBIE MHIIEHU MPOUCXOAHUT C IMOMOIIBIO
BTOPUYHBIX MECCEHKEpOB. B KauecTBe BTOPUUHBIX MECCEHKEPOB BBICTYIIA-
0T XHMHUYCCKHE COCIOMHCHHUS, O0O0JIaaroiie OTHOCHUTCILHO HEOOIBIION II0
CPaBHEHUIO C OMOMOJMMEpaMU MOJIEKYISIpHOU Maccoil. OCHOBHBIMU BTOpHY-
HBIMH MECCEH)XJIEpaMH B KIJIETKAaX SBJSIOTCS IUKINYECKHM aaeHO3MH-S’-
MoHOodochaT (MAM®D), nukmmueckuii ryano3ut-5’-moHodochar (il MD), wo-
HBl KaJIbIUS (CaZ+), muanunruiepon (JIAID), docharmammmnosuron-1,4,5-
tpudochar (OUD;), apaxumonosas kuciora, okcua azota (NO) u mepoxcun
Bogopona (H,O;). IlockonbKy rpyrina BTOPUYHBIX MECCEHIKEPOB (B OTIIMYHE
OT NEPBUYHBIX) HEMHOTOUMCIIEHHA, KOJAUPOBAHUE cHElUpUUecKord MHPpopMa-
LIUU OCYILIECTBIISIETCA MyTEM PETYJSLUU UX BHYTPUKIETOYHON KOHIIEHTPALIUH.
[Tocne oOpa3oBaHuss BTOPUUHBIN MecCeHKep ObICTpo (IO CpaBHEHUIO CO Bpe-
MEHEM Tiepefiaur CUTHaia) Metabonusupyercs. OCHOBHYIO POJb B PETYJISIIUU
KOHIICHTPAIIUU BTOPUYHBIX MECCEHKEPOB BBITIOJHSIIOT KOMIIOHEHTHI TJIa3Ma-
THYeCKoil MeMOpansI (a B caydae Ca’" — Takke KOMIIOHCHTHI MATOXOH/IPHAITE-
HOM MeMOpaHbl, MEMOpaHbl SHIOMIA3MAaTUYECKOTO U CApKOILIa3MaTHYECKOTO
petukyinyMma). PaccMoTpum Oosiee moApoOHO MPUHLIMIIBI U MEXAHU3MbI (PYyHK-
MOHUPOBAHMSI MEMOPAHHBIX CUCTEM IOIY4YEHUsI U 00paOOTKH UH(POPMALIUH.

4.2. PELUENTOPbI BUOJNIOTMYECKUX MEMBPAH

B nmnaszmatuueckux MeMmMOpaHax Mpo- U 3YKAPUOTUUECKUX KJIETOK JIOKAJIH-
30BaHbl CIEIUATU3UPOBAHHBIC PEIENTOPHBIE CUCTEMbI, 0OECIIEUUBAIOLIUE Y3-
HaBaHUE MEPBUYHOTO CUTHAJIA U aKTUBAIIMIO MEMOPAHHBIX CUCTEM YCUJICHUS U
nepenayu curHana. B Hacrosiiee Bpemsi o0Hapy»keHo Oosiee 20 cynepcemMencTB
PELENTOPHBIX OEIKOB CO CXOTHOM CTPYKTYpOH, B3aUMOCHCTBYIOIINX C OTMpe-
JICJICHHBIM THUTIOM XUMUYECKUX WIN (PU3HUECKUX CTUMYJIOB. [Ipumepsl ctumy-
JIOB M IX PEIENTOPOB TMpeCcTaBieHbl B Ta0m. 4.1.

B 3aBucuMoCTH OT QYHKITMOHAIBHONW aKTUBHOCTH PELIETITOPHI TJIa3MaTHde-
CKOM MEeMOpPaHbl MOXKHO Pa3eIUTh HA HECKOJIBKO TPYIIIL:

e Penentopsl, conpspkennasie ¢ G-Oenkamu;

e Perentopsl-MOHHBIC KaHAIBI,

e Penentopsl ¢ cOOCTBEHHOU PEepPMEHTATUBHON aKTUBHOCTBIO.

PaccmoTtpum st Tumbl perientopoB. Penentopsl, conpsikenubie ¢ G-0enka-
mu (cokpariennoe obosnauenne — GPCRS ot G-protein coupled receptors), me-
pEeNaoT CUTHAJ OT NEPBUYHBIX MECCEH)KEPOB K BHYTPUKIECTOUHBIM MHUILICHSIM
¢ momoIkio 0eskoB, oOmagaronux I'Tda3Hoii aKTUBHOCTBIO.
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Tabnuya 4.1

IlepBu4HbIe MecceHIKepPbl U UX pPelenTOpPbI

Tun akTUBaTopa penentopa |

HpI/IMepBI KJICTOYHOT'O OTBCTA

HOTeHIIHa.]'I-yI[paBJ'IHeMLIe HOHHBIC KaHAJIbI

BHGKTpI/I‘lCCKOC I10JIE

H3meHenue M€M6paHHOFO IHOoTCHLOHAalia

DNeKTpUYEecKoe moie

M3meHeHnne BHYTPUKIETOYHOM KOHIIEHTPALUU
+
woros Ca’

.]II/IFaHIl-praBJIHEMbIe HMOHHBbIC KAHAJIbI

AIETHIIXOJINH

M3MeHeHrne MeMOpaHHOTO NOTEHIMAIIA

Y-aMUHOMACJIsIHASA KUCJI0Ta

H3meHenune MeM6paHHOFO IIOTCHOHA1a

N-meTtuin-D-acniaprat

M3MeHeHrne MeMOpaHHOTO NMOTEHIMAIIA

I'munun V3meHeHrne MeMOpaHHOTO MOTEHIHAlA

CepoToHun M3MeHeHrne MeMOpaHHOTO NOTEHIMAIIA
Peuentopsl, conpsizkennbie ¢ G-0e1xkamMu

Anpenanux AKTHBAIMS TJIMKOTEHONN3a, THTHOMPOBaHUE

CHHTEC3a I''IMKOI'CHa

APEHOKOPTUKOTPOITUH

CTI/IMYJ'ISH_II/IH OouocHHTE3a U CCKpCLIUU CTCPOU -
HBIX TOPMOHOB

Anruorensus | CTtuMynanus ceKperuu aabI0cTepoHa, COKpaliie-
HUE TJIAJIKOM MYCKYJIaTyphl

bpanukuauH CTUMynAnys KUIIEYHON CEeKPelnn

Bazonpeccun N3meHenne mpoHUIIaeMOCTH MMOYEUHBIX KaHaJb-
LIEB JJ151 BOJBI

I'mrokaron AKTHUBaLMS TJIMKOT€HOJN3a, MHTHOMPOBAHKE

CHHTE3a TJIUKOTeHA, CTUMYJISIIIUS KUIIEYHOH CeK-
peuun

WnTepneiikun 8

XeMOTaKCHUC JIEMKOIIUTOB

Kanbenurtonun

WurubupoBanue pecopOoLMy KaabIHsl U3 KOCTHOM
TKaHU

Mert-3HKedauH

CHuxeHue 00JIeBBIX OIIYIEHHUH

CepoToHUH CTuMynAnys KUIIEYHON CEeKpelnn

ComarocTaTuH WurubupoBaHue ceKperry TOpMOHOB POCTa, UH-
CyJIMHA U TJIFOKaroHa

Tpombun AKTHBaI¥s TPOMOOIIMTOB

DOoTOHBI ['eneparus moTeHIMana aelcTus B hoToperen-

TOPHBIX KJICTKAX

Penenropsl ¢ THPO3MHKHUHA3HONH AKTUBHOCTBIO

WuTepneiikun-2

Ctumynsiius pocTa JUMQOIMTOB

WnTepneiikun-3

CTI/IMy.TISII_II/ISI pocTa reMOO3TUICCKUX CTBOJIO-
BBIX KJIETOK

Wurepdepon y

DKcrpeccusi TeHOB B Makpodarax v JuM@orurax

Nucynun

PCFYJ'ISIHI/ISI TPaHCIIOpTa I'JIFOKO3bI B KJIICTKY, CTU-
MY KaTaboamn3Ma YIJICBOJ0B

HeiiponanpHbiii pakTop pocta

JuddepennunpoBka 1 pocT HEHPOHOB

[Tponaktra

CtumMynanus cuHTe3a 6eJIKOB MOJIOKA

SnuaepManbHbIN GakTop pocTa

[Tponudepanus u quddepeHIpoBKa STUTETH-
QIBHBIX KJIETOK
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Oxonuanue maobn. 4.1
IlepBUYHBIE MeCCEHTKePhI M NX PeleNnTOPbI

Tun AKTHBATOpPa PCULCITOPA | HpI/IMepBI KJIICTOYHOI'O OTBETAa
NHTerpuusl
DOuOpOHEKTHH Perynsiuus kKj1eTOYHON MOABUYKHOCTH U SKCIIPEC-
CHY I'€HOB
CejleKTHHBI
MynuHbI ‘ Perynsiust keTouHo# aare3uu
Kaarepunsi
Kanrepunst KoHTtakTHOE MHTHOMpOBaHKUe poiudeparuu
KJIETOK

MeMOpaHHbIe penenTopbl 'YaHWJIATIUKJIA3bI
IIpencepnubiil HaTpuilypeTudeckui | Junaranus cocynos

(hakTop
PeuenTopsnl ceprH/TPEOHUHOBBIX KMHA3
AKTUBUH Pa3BuTtue mMe3onepmsl
Tpanchopmupyromuii paxtop poc- | 3aaepikka pocta KIETOK, pa3BUTHE BHEKIETOYHO-
Ta-f r0 MaTpuKca

[TepBuunbimMu curHanamu st GPCRS cimykat cambie pazHooOpa3HbIe MO-
JIEKYJIbI, CPEJI KOTOPBIX HU3KOMOJIEKYJISIPHbIE TOPMOHBI U HEHPOTPAHCMUTTE-
pBl (HampuMep, aJpeHaIuH, HOpaapPEHAINH, alleTUIIXOJIUH, CEpOTOHUH, TUCTa-
MUH), OITMOU]IbI, TOPMOHBI MENTUIHON U OETKOBOW MPUPOIBI (aAPEHOKOPTHUKO-
TPOIIMH, COMAaTOCTAaTUH, Ba30MPECCUH, TOHAJOTPONHH), a TAK)KE MHOTOYUCIICH-
HbIC XMMHYECKHE COCTUHEHUS, aKTHBUPYIOIINE OOOHSATEIBHBIE M BKYCOBBIC
CCHCOpHBIC KJIETKH. Perenius KBaHTOB CBETa OCYIIECTBISICTCS MUTMEHTOM
(GOTOpEENnTOPHBIX KIETOK POJONICHHOM, TAaK)KE€ OTHOCSIIUMCS K pelenTopam
9TOM TPYNIIBI.

Crnenyer y4ecTh, 9TO OAWH U TOT K€ TICPBUYHBIN CUTHAT MOYKET WHUIIUHUPO-
BaTh Iepeaady CUTHajla 4epe3 HEeCKoJIbko (MHorma Oojee 10) pa3HBIX THIIOB
GPCRs. 1 ecnu yucno paznuyabix TUNOB BHemHUX curHainoB aiis GPCRS co-
CTaBJISIET HECKOJIBKO JIECSITKOB, TO CAMUX TaKHX PEIENTOPOB M3BECTHO Oojee
200. ITpu BceM paznoodpazun GPCRS npeacTaBisoT co60it MOHOMEpPHBIC WH-
TerpajibHbie MeMOpaHHbIE OENIKH, TIOJUIICTITUIHAS 1IeTIh KOTOPhIX CEMb pa3 Te-
pecekaeT KJIeTOuHyr MeMOpany. Bo Bcex ciydasix y4acTOK perenTopa, OTBET-
CTBEHHBII 32 B3aUMOJICHCTBUE C TIEPBUYHBIM CUTHAJIOM, JJOKAJIM30BaH C BHEIII-
HEl CTOPOHBI MEMOpAHBI, a y4aCTOK, KOHTakTUpytomuii ¢ G-OenkoM, — Ha ee
IHUTOIJIA3MATAUYECKON CTOPOHE.

Penienropel-noHHBIC KaHAIBI — 3TO MHTErpaJIbHbIE MEMOpaHHbBIE OCNTKH, CO-
CTOSIIIIAEC W3 HECKOJBKUX CYOBCAMHHI], TOJMIICTITUIHAS Ieh KOTOPHIX He-
CKOJIBKO pa3 MepeceKaeT KJICTOuHyr MeMOpany. OHM JeHCTBYIOT OJIHOBpE-
MEHHO W KaK MOHHBIC KaHAJIbI M KaK PEIENTOPHI, KOTOPHIE CIICIIM(PUICCKH CBSI-
3BIBAIOT TIEPBUYHBIC MECCEHJDKEPHI, M3MCHSIOMNE WX HOHHYIO (KaTHOHHYIO
WJIM aHHMOHHYIO — B 3aBUCUMOCTH OT THIIa PEIeNTopa) MPOBOIUMOCTh. Perern-
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TOPbI JAHHOTO TUIIA UCIIOJB3YIOT B KaU€CTBE MEPBUYHBIX CUTHAJIOB HEKOTOPbIE
HEHPOTPAHCMUTTEPHI, OTBEUAIOIIME 32 CUHANTUYECKYIO MEpeaady B AJIEKTPHU-
YeCcKH BO30YyAMMBIX KileTkaX. HekoTopble BHYTPUKIIETOUHBIE OPTaHEsIbl TaKKe
coJiep>KaT pelenTOPbI-HOHHBIE KaHAJIbl U aKTUBAIUS 3TUX PELENTOPOB OCyIIe-
CTBJISIETCSI BTOPUYHBIMU MECCEHKEPaAMHU.

YeTtBepTrUHas CTPYKTypa PEENnTOpOB, aCCOIMUPOBAHHBIX C (PepMEHTATHUB-
HOW AaKTHUBHOCTHIO, BECbMa pa3HooOpa3Ha. 3a HEKOTOPHIMHU HCKIIIOUEHUSMU
OHU TPEACTaBISAIOT OO0 MO0 MOHOMEPHI, KOTOPBIE IPH CBSI3bIBAHUH C HUMH
NEPBUYHOTO MECCEH/KEepa AUMEPHU3YIOTCS, OO0 OJIMTOMEPHI, 0Opa30BaHHbIE
HECKOJIbKUMH CYObEAUHUIIAMU Pa3TUYHBIX THUIOB. [IpakTuyuecku y BceX 3THX
PELEenTOpOB MOJIUIENTUIHAS 1IENb UX MOHOMEPHBIX CYObEIUHUIl TIEPECceKaeT
KJIETOYHYI0O MEMOpaHy OJIMH pa3. YYacTOK JJisi CBSI3bIBaHUS MEPBUYHOTO MeEcC-
CEHJ/Kepa JIOKAJIU30BaH Ha PEIEenTope CO CTOPOHBI, 0OpalIeHHOW BO BHEKJIE-
TOYHOE MPOCTPAaHCTBO. [0 MeXaHW3My B3aMMOJICUCTBUSA C LUTOIIa3MaTHYe-
CKMMU MUILIEHSIMU PELENTOPHI JAHHOTO THUIA PA3AEISAIOTCS Ha ABE TPYIIIIHIL.

[lepBas rpynmna BKJIIOYAET pelEeNTOPBI-PEPMEHTHI, C IUTOILIA3MATHIECKOM
CTOPOHBI KOTOPBIX HAaXOJUTCS KATAIUTUUECKUN Yy4aCTOK, aKTUBUPYEMBIH MpH
JICVCTBUM Ha PELENTOP BHEIIHEro curHana. K 3Toi rpymmne penentopoB OTHO-
CUTCSl OOIIMPHOE CEMENCTBO PELENTOPHBIX TUPO3UHKHHA3, CIIOCOOHBIX ayTO-
dbochopunupoBaTbes, TO ecTh (hocPopuiiipoBaTh caMux ce0s MO THUPO3UHO-
BBIM OCTaTKaM U (poCHOpUIMPOBATh THPO3UHOBBIE OCTATKU OEITKOB-MHILICHEH.
[lepBas rpymnma Takke BKJIIOYAET PEIENTOpbl, oOnagaromye TuposuHdocda-
Ta3HON aKTHBHOCTBIO, KOTOphIe nedochopuanpytoT (HochoTUpOo3UHOBBIE OC-
TaTKu OeJIKOB-MUIIIeHEeH. PerienTopHbie THPO3MHKUHA3KI U THPO3UH(pOCchaTa3bl
BOBJICKAIOTCS B PETYJIAIMIO TAKMX BAKHEUIINX COOBITUM, KaK KJIETOYHOE JIeTie-
Hue, nudepeHIIpoBKa U pa3BUTHE UMMYHHOTO OTBeTa. ClemayeT Takke yka-
3aTh PELENTOPHbIC T'yaHWIATIUKIIA3bl, KOTOPbIE KATAIU3UPYIOT CUHTE3 BTO-
puuHoro meccenmkepa ul M@ u3 I'TO. Penentopsl 1aHHOrO TUIIA y4acCTBYIOT
B PEryJISILIUU BOJIHO-COJIEBOIO0 0OMEHa U TOHYCa COCYIOB.

Bropas rpynma paccMarpuBaeMbIX PELIEITOPOB COOCTBEHHON (epMeHTa-
TUBHOM aKTUBHOCTHIO HE 00saiaeT. OHAKO TP JEUCTBUU BHEITHETO CUTHAsA
OHHM TIPUOOPETAIOT CIIOCOOHOCTh CBA3BIBATH LUTOIUIA3MATUYECKUE (HE pelen-
TOPHBIC) TUPO3UHKHUHA3BI, KOTOPHIE B CBOOOJHOM COCTOSIHUM HEAKTUBHBI, HO B
KOMILJIEKCE C PELENTOPOM AaKTUBHUPYIOTCA U (HOCHOPUTUPYIOT PELENTOp.
Bxntouenue ¢ocdatHbIXx OCTAaTKOB B TakKOM PELENTOp CO3/1aeT YCIOBHS JUIs
CBSI3BIBAHUS C HUM JPYTUX OCIKOB-MUIICHEH, KOTOpBIe Takke (pochopunupy-
IOTCSl M YYACTBYIOT B MIEpEJaye U yCUIEHUU BHYTPUKIETOUYHOTO CUTHANIA. B 3Ty
IPYIILY BXOJAT PELENTOPbl, YYACTBYIOIINE B Pa3BUTHM MMMYHHOTO OTBETa, a
MMEHHO: PeLeNTOPbl aHTUTEHOB U PEUENTOPHI IIMTOKUHOB.
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4.3. IUrAHAO-PELLENTOPHOE B3AUMOOEWUCTBUE

Kaxx1ip1il mepBUYHBIN MECCEH/IKEP CBSA3BIBACTCS CO CBOMM CHEIU(PUUECKUM
peuienitopoM. B3aumoseiicTBre JIuranga ¢ pelenTtopoM sIBISETCS BBICOKOCIIE-
HU(DUYHBIM TIPOLIECCOM, TTOCKOJIbBKY TUITMYHBIE TIEPBUYHBIE MECCEHIKEPHI BbI-
3BIBAIOT (PHU3HONOTHYECKHE dPPEKTH yKe P KOHIEHTpAuusix B 10" Mob/I
(6 - 10" monexysn Ha nuTp). EciM NPUHATH, YTO THIIMYHAS KIETKA HMEET [Ha-
METp OKOJI0 12 MKM M 3aHUMaeT 00beM 102 11, To B 3TOM 0OBEME MpY yKa3aH-
HOW KOHIIGHTpAIIMK MOKET HaxoauTcs 60 MONeKy’n (AJi1 CpaBHEHHUS YKaXKeM,
YTO YHCIIO HOHOB B TAKOM e o0beMe pasro 1,8 - 10™, uncio monexyn ATO B
TaKOM ke 0bbeMe MoxkeT nocturath 10'°, a 4HCI0 MOTEKyT BTOPHYHOIO Mec-
ceamkepa TAM® nipu nieperade HHGOPMAIMHA OT TUTA3MATHIECKON MEMOpaHBI
K KIETO4HBIM d(dexropam MoxkeT gocturars10°).

Pententopsr 00:1a1a10T BBICOKMM CPOJICTBOM K JIMTaHAY, T.€. XapaKkTepusy-
eTcsi OOJIBIION KOHCTAHTOW CPOJICTBA, KOTOPask OMPEIEIIeTCs CISIYIOIUM 00-
paszoM. [Ipu oOpazoBanuu nurana-perentopHoro komrmuiekca (LR) cBsi3biBanue
muranna (L) ¢ penentopom (R) Bcerna oOpaTUMO M ONMKCHIBAETCS YpaBHEHUEM
(4.2):

Ki1
L+R © LR. 4.1)
-1

B cocTositHuu paBHOBECHS, COTJIACHO 3aKOHY JE€HCTBYIOLIUX Macc:

K, [L1([Ry]—[LR]) = k_4[LR], (4.2)

rae Ky m K4 — KOHCTaHTBI CKOPOCTEH acCOLMaluy M AUCCOLHALIMH JIUTaHI-
pELIENTOPHOIO KOMILIEKca, [Rg] — obiee uncio peuentopos, [L] — koHmeHTpa-
s uradaa, [LR] — koHmenTpanys aurana-pernenTopHOro KOMILICKCA.

KoncranTa cpomacrBa (OHA jK€ KOHCTAHTa aCCOILMAIIMN WIIM CBSI3bIBAHMS) Xa-
paKTEpU3yeT COOTHOILICHUE MEKIY 3aHATHIMA U CBOOOAHBIMU OT JIUTAaHIA pe-
IEIITOPAMH B YCIIOBHSIX PABHOBECHS:

k. = & = [LR] : (4.3)
ky  [LI(IR]-[LRI)
Orcrofa BUIHO, YTO KOHIIEHTpAIUs JUTAHI-PEIEITOPHOIO KOMILIEKca Oy-
JIeT paBHA

[LR]=k [LI([Ro] - [LR]), (4.4)
[LR] _ [LR] 45
Ro] el ]( R, ]] (4.5)

87



[LR]

PaznenuB 06e yactu ypaBHeHus (4.5) Ha R MOJy4aeM
0

[Ro] B
mkc[l—]_kc[l—]"'l (4.6)
NJIn
[LR]  K.[L]

[Ro] 1+k[L] @7)

Hcnonb3yss BMECTO KOHCTAHTBHI CPOACTBA OOpPaTHYIO € KOHCTaHTY JUCCO-
mmaru Ky = K 4/K,q, momygaem

[LR]_ I

[Ro] Kk, +[L]

DTO0 ypaBHEHHE aHAJOTHYHO KJIACCHYCCKOMY YpaBHCHHMIO Mwuxasiauca —

MeHTeH, peTIOKEHHOTO /IJIsl ONMCAHUSI KHHETHKU B3aUMOJICHCTBUS CyOCTpa-
Ta ¢ PEpMEHTOM:

(4.8)

[ES]_ [S] @9)
[Eo] k. +[S]

rae [ES] — konuenTpanus ¢pepMeHT-cyOcTpaTHOTO KoMiniekca, [Eq] — oOras
KOHIICHTpanus ¢pepMeHTa, [S] — KoHneHTpanus cyocTpata, Ks — KOHCTaHTa JIncC-
coranuu GpepmMeHT-cyOCTpaTHOrO KOMILIEKCA.

W3 ypaBuenwus (4.8) BuaHO, uto npu K, = [L] guciio nurana-penenTopHbIx
KOMILIEKCOB PaBHO MOJIOBUHE YUCJIA BCEX JOCTYMHBIX JJISI CBSI3bIBAHUS PELIEII-
TopoB. Takum 00pa3om, KOHCTaHTa JMCCOIMAIIMM PaBHA KOHIICHTPAIUU JIW-
raijia, pu KOTOPOMl MPOUCXOAUT CBSI3bIBAHUE JIUTAHIOB MOJIOBUHOM PELIETITO-
pOB.

J11st HaXOKAEHHUST KOHCTAHThI JUCCOLMAIMH K, MIu 00paTHO#M el KOHCTAHThI
cponctBa K., kak u B ciydae (epMEHTATUBHON PEaKIMK, MOKHO MPUOETHYTH K
koopauHatam JlalinyuBepa — bepka. B atux xoopaunarax (1/[LR] — 1/[L]) ru-
nepOosinueckas 3aBUCUMOCTh (4.8) MpUMET BUJ JIMHEHHOW 3aBUCUMOCTH (pHC.
4.1, a):

1k, 1 N 1
[LR] [Ro] [L] [Re]
I'padux dynxmmu (4.10) oTcexaer Ha ocu abcmmce —1/k, =—K_ , a Ha ocu

(4.10)

opauHaT — 1/[Rg]. OqHako 3aBUCMMOCTh KOHIIEHTPAIIUH JIMTaH/I-PEIICITTOPHOTO
KOMILUIEKCAa OT KOHIEHTpALMM JINTAaHJla Yallle BCEro aHaJU3HPYETCA C MOMO-
nipio rpaduka Cxatuapaa. M3 ypaBaenus (4.5) momydaem
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[LR] k. [R.]1 [LR] 1 [LR]+ [Ro] ]
cLl™™0
[L] [Rol) Kk, K,
DTO ypaBHEHHE XapaKTepU3yeT JUHEHHYIO 3aBUCUMOCTh MEXKTy BETHINHOM
OTHOIIEHUSI KOJMYECTB CBA3ABIIMXCS M CBOOOTHBIX MOJIEKYJ JUTAaH/Ia W KOH-
[IEHTpalUeH JTuraHa-perenTopHoro komimiekca (puc. 4.1, 6). I'paduk 3Toit au-
HHU TPECTaBIAeT cOO0H MpsAMYIo JIMHHIO ¢ HakiIoHOM —1/K, =—K_, koTopas

(4.11)

OTceKaeT Ha ocu opauHAT BeanunHy [Ro]/Ky, a Ha ocn abcmmee — [Ro].
MaxkcuMmanbHas JeiCTBYIONIAs KOHIIGHTpAIUs MEPBUYHOIO MECCEH]IKepa,
KaK MpaBuIIo, He mpesbimaeT 10° Moms/1. B 9ToM ciydae KOHCTAaHTa IHCCO-
ANy OyaeT nMeTh mopsgok 10~ MONb/T, a KOHCTAHTA CBA3BIBAHHMS — COOT-
BercTBeHHO 107 (MOIB/M) . DTO M UMEIOT B BH/Y, KOIJd TOBOPAT O GOJIBIIOM
CpOJCTBE Jiuranjaa ¢ peuentopamu. [y OONBIIMHCTBA PELIEITOPOB 3HAUCHHE
KOHCTAHTBI CPOCTBA HAXOAUTCA B auamnasone ot 10°-10™ (moms/m) "

A 1/[LR] } [LRVIL]

N

N [Rol/k

YIS

AN
/ ~ VL] R]
“\/k,
a o

Puc. 4.1. Onpenenenre KOHCTAHTHI IUCCOIMAIIMU U OOIIETO YUCIIA PELEITOPOB
metonom Jlaitnyusepa-bepka (a) u metogom Cxatuapia (6)

B3aumoneiicTBUe JMTraHOB C PEIENTOpaMH OCYIIECTBISETCS B IIEHTpax
CBsI3bIBaHMs JuraHjaoB. Hambosiee 4acTo IEHTPHI CBSI3BIBAHUSI 0Opa30BaHbI 3a
CYET TeX XK€ (PYHKIMOHAJIBHBIX TPYII aMHUHOKHUCIOT, YTO W CBS3bIBAIOIIKE
HEHTPbl (DEPMEHTOB, TO €CTh KapOOKCHUJILHBIMU TpYyNIaMU, aMUHOTPYIIIaMH,
TUAPOKCUIIBHBIMU TPYNIaMU, THOJOBBIMU TPYNIaMHU, UMHUIA30JIbHBIM SIPOM
TUCTUJMHA U WHAOJBHOM rpynmnoi tpuntodana. OmHAKO CIEAyeT OTMETHTh,
YTO PEIENTOPhI OTIUYAOTCS O0JIee BHICOKOM CTETIEHBIO CPOJICTBA K JIMTAHJIaM,
yeM (hepMEeHTHI K cyOcTpaTam.

B GonbimmHCTBE cilydaeB MakCHMajbHBIA KJIETOYHBIN OTBET HaOIIOAaeTcs
IIpU CBsI3BIBaHUU JIMTaHIIOB ¢ MeHee, yeM 100 % Bcex pernenTopoB, paciolio-
JKEHHBIX Ha KJIETOYHOW MemOpane. Hampumep, THU4HAS SpUTpOUAHAS KIIET-
Ka-TIPeAIIeCTBEHHUK COAEPKUT 0koJyio 1000 perenTopoB sl SpUTPONOITHHA.
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Tem He MeHee, Ul CTUMYJSILUU Npoaudepannd U AUPQPEepeHUnpPOBKU SPUT-
POUIHBIX KJIETOK-IPEIIIECTBEHHUKOB HEOOXOUMO CBSI3bIBAHUE MOJIEKYJI dpU-
TPOIO3THHA TOJBKO co 100 perienTopamMu Ha HOBEPXHOCTH KIETKH.

PaccMoTpuM, Kak U3MEHSIETCS YUCIO JIUTaHI0B, HEOOXOUMOE AJIs aKTUBA-
UU MpoJin(epatny 3pUTPOUIHBIX KIETOK-NPEIIIECTBEHHUKOB B 3aBUCUMOCTH
KOJIMYecTBa peuentopoB. KoHcTaHTa AucCOUMANNU ISl CBSI3BIBAHUS SPUTPO-
Mo3THHA K ero penentopy coctasmsier 1070 moms/1. KoHIeHTpaImio THransa,
HEOOXOIUMYIO JJIi aKTHBAIlMM KJIETOK, MOXKHO OIpPEAENTUTh W3 ypaBHEHUS
(4.8), 1. €.

k.
R |
[LR]

Ecnu yucno peuentopoB cocrasisier 1000, To nns akTUBalUUMU KIETKU He-
00X0/UM SPHUTPOIAdTHH B KoHueHTpauuu 1,1 - 10™ Mons/1. [Ipu yMeHbIICHHH
yucia perentopoB B § pa3 (125 peuentopoB Ha 1 KIETKYy) JUIsl TOCTHXKCHUS
MaKCUMAaJIbHOTO KJIETOYHOTO OTBETa HEOOXOAMMO YBEIUYUTH KOHIEHTPAIMIO
mmrana 10 korunerTpammd 4 - 1070 moms/i (B 36 pa3). Takum 06pasoM, KOIH-
YECTBO JIMTaHA0B, HEOOXOAUMBIX JJIsI aKTUBAIIUU KJIETOYHOTO OTBETA, ONpe/ie-
JII€TCSl KOJIMYECTBOM PEIENTOPOB Ha KJIETOYHOM MeMOpane. J[aHHBIM sTamn
TPAHCIYKIIMM CUTHAJa MOKET PEryJMpOBAaThCS H3MEHEHUEM KOHIICHTpAIMU
JIUTaHJI0B U PEIENTOPOB.

N3MeHeHne KOHIICHTpAIMU JIMTaHJa MPOUCXOIUT B PE3yJIbTaTe MPOILIECCOB
CUHTE3a W Jerpajanuu Juraiaa cnenuduueckumu pepmerTamu. lerpagarus
JIUTAHJIOB MOXET OCYIIECTBIATHCA Kak (PepMEeHTaMH, pacCIOJIOKEHHBIMH B
Ia3MaTUYecKod MeMOpaHe WM BO BHEKJIETOUHOM Cpefie, TaK U BHYTPHUKIIE-
TOYHBIMU (pepMeHTaMH. B mocneqHemM ciydae TPaHCIOPT JIMTAHIOB B KIETKY
OCYIIECTBIISIETCS CHEIU(PUUSCKUMH OeJTKaMU-TIEPEHOCYUKAMU WM B MPOIIECcCe
MAHOLIMTO3A.

KoninenTpanus penenTtopoB U JMIaHA-pELENTOPHBIX KOMIUIEKCOB M3MEHS-
€Tcs B MpOLECCEe MHTepHaIU3auuu. VHTepHaIM3auue Ha3bIBaeTcsl MOrpyxe-
HUE PEIENTOPHBIX KJIACTEPOB B KJETKY MyTeM sHIonuTo3a. O0paszyromuecs
MIPU ATOM 3aMKHYTbIe MEMOpaHHbIE My3bIPbKU HA3BIBAIOTCS PEIICITOPOCOMAMH.
XapakTepHOl 0COOCHHOCTHIO JIAHHOTO Mpoliecca SIBISETCS BO3MOMKHOCTh WH-
TepHAJIM3aIMK KaK CBOOOJHBIX PEIENTOPOB, TaK U JUTAHI-PEIENTOPHBIX KOM-
MJIeKCOB. Jlerpaaarus penenTopoB MPOUCXOIUT MOCHIE CIUSHUS PELenTOPOCO-
MBI C JIM30COMOM, cozepKallel MpOTEOJUTUYECKUE (PEpPMEHTHI. YBEIUUYCHHE
KOHIICHTpAIIUU PEIENTOPOB B IUIA3MAaTHYECKON MeMOpaHEe OCYIIEeCTBISICTCS
MyTeM CIUSHUS MEOPAaHHBIX MY3BIPHKOB, COJEPKAIIUX CHUHTE3UPOBAHHBIC B
AHOIIA3MATHYECKOM PETUKYIYME PELEITOPHI.

[L]= (4.12)
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4.4. TPAHCAYKUMUA CUTHAINIOB YEPE3 MEMBPAHDI
C YYACTUEM G-BEJIKOB

B ocHoBy knaccuduKaiy KJIE€TOYHBIX CUTHAIBHBIX CUCTEM TOJIOKEHBI Ha-
3BaHUsl BTOPUYHBIX MECCEH/HKEPOB U (PEPMEHTOB, PETYIUPYIOIINX KOHIICHTpa-
A0 BTOPUYHBIX MECCEHIKEPOB. K 4nCIy OCHOBHBIX CUTHAJIbHBIX CUCTEM OT-
HOCSITCS:  aJeHWIaTHHKIa3Hasg, (ochouHO3UTHIHASA,  JMIOKCUTEHA3HAas,
HAI®H-okcuaasnas (cynepokcu-cuarasiasi) 1 NO-cuntazHas. B Oonbiims-
CTBE U3 HUX B (popMUpOBaHHE MPOMEKYTOUHBIX 3BEHHEB BOBJICKAIOTCS TaK Ha-
3piBaeMble G-Oenku. YcranoBieHo, 94To 80% BCEX M3BECTHBIX TOPMOHOB, HEM-
POMOYJSITOPOB, HEUPOTPAHCMUTTEPOB U JIPYTHX MEPBUUYHBIX MECCEHKEPOB
B3aMMOJICUCTBYET CO CHEIU(PUUSCKUMH PEIENTOPaMHU, KOTOPBIEC CBS3aHBI C A (-
dektopamu uepe3 G-0eku.

G-0enmku — 3TO CEMEMCTBO TeTePOTPUMEPHBIX OenkoB, oOmamatomux ['Td-
a3HOM akTUBHOCTHIO. HalineHo okoso 20 paznuuyHbiX G-0€NKOB, KOTOpHIE
BKJIFOYAIOT aKTUBHUPYIONIUHN afieHWIaTInKIa3y Gs-0elloKk, MHTMOUpYIONui ajie-
Hunaruukinasy Gi-6enok, akrusupyromuii pocponunaszy C G4-0enok, Gi-6enok
(dboTOpenenTOpHbIX KIETOK, U3BECTHBIA Tak)Ke KaK TpaHCAylHH u Ap. G-0enku
COCTOSIT U3 CyOBEAUHUI] 3-X TUIIOB: O, [} U Y. 0-CyObEIUHUIIA YHUKAJIbHA IS
kaxgaoro G-Oenka u ompenenser cneuduyHOCTh CBs3biBaHus (G-Oenka ¢ pe-
nentopoM u 3gdexkropom. Baxueimas xapakrepuctruka G-0€IKOB — MPUCYT-
CTBUE B UX 0-CyObECIMHHIIE IIEHTPA CBSI3bIBAHUS T'YAaHWHOBBIX HYKJICOTHU]IOB:
'O ulTO.

G-0enku ABISAIOTCS CBOCOOPA3HBIMHU «IEPEKIIOUATEIIMU» B TIpOIecce Te-
perayn curHajga B KiIeTKy. OYHKIMOHMPOBAHUE ATUX TMEpEKItoYaTened OCHO-
BBIBACTCSl HAa IUKIMYECKUX TMEpPeXojax MEXIYy CBS3bIBAHHEM M THUIPOJIU30M
['T®, uro NMepeBOAUT MX U3 AaKTUBHOTO B HEAKTUBHOE COCTOSIHUE M OOpaTHO
(puc. 4.2). Eciu ¢ G-6enkom cBsazan ['TD, To 3T0 COOTBETCTBYET €ro aKTHUBU-
POBaHHOMY COCTOSIHHIO WM, HWHade, (G-0ElOK HaxOoIUTCS B TMOJIOXKEHUU
«BKJIFOUCHO». Ecnu B HyKIIeOTHA-CBs3bIBarOIIEM LeHTpe npucyrcrByer 1D,
TO 3Ta (hopMa COOTBETCTBYET COCTOSIHUIO «BBIKIIIOUEHO». LleHTpanbHOE COOBI-
THE€ TIPU NepeJaye CUrHajla OT PelenTopa, Ha KOTOPBIM MOAEHCTBOBAN IEPBUY-
HBIM curHall, K G-0€JIKy COCTOUT B TOM, YTO aKTHUBUPOBAHHBIN PEIENTOp KaTa-
muszupyet ooMeH I'JI®D, csazanHoro ¢ G-0eIKoM, Ha MPUCYTCTBYIOITUN B Cpejie
['TO.

O6Mmen T'I® na ['TD obnerden He TOABLKO (OPMHUPOBAHUEM «KOMILICKC-
peuenTopy», HO U TeM, uTo KoHieHTparus ['TD B kietke B 10 pa3 Gosblie KOH-
nentpamun [JI® (kommentpauus [T® B wirerke 10 momns/m). [AD/TTO-
0OMEH B HYKJICOTH/I-CBSI3BIBAIOIIEM IIEHTPE 0-CyObEIMHUIIBI COMIPOBOXKIACTCS
JIYcconuanueil TpuMepHoi Mosekyiabl G-Oenka Ha JBe (DYHKIIMOHATILHBIC
CyOBEeIMHUIIBL: O-CyOBeauHuIly, comepxaniyro ['T®, u Py-kommiekc. anee
OJlHa U3 ITUX (DYHKIIMOHAIBHBIX CYOBEIUHUII, KaKass IMEHHO — 3aBUCHUT OT TH-
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1a CUTHAIBHOW CHCTEMBI, B3aUMOJICHCTBYET ¢ A (EKTOPHBIM OEIKOM, Mpe-
CTaBJICHHBIM ()EPMEHTOM WJIM KaTHOHHBIM KaHanoM. Kak crepctBue, KaTaiu-
TUYECKas aKTUBHOCTh WJIM HMOHHAs TPOBOJAUMOCTH dPQeKTopa H3MEHSETCH,
9TO, B CBOIO OYepe/ib, MPUBOIUT K U3MEHECHHUIO IIUTOILIA3MATHYECKOW KOHIICH-
Tpaluy BTOPUYHOTO MECCEH/KEPA U, B KOHEYHOM CUETE, HHUIIUUPYET TOT HIIH
WHOU KJIETOYHBIH OTBEeT. G-0€NOK HAXOJUTCS B aKTHBHOM COCTOSIHUM B Teue-
HHUE KOPOTKOTO MEPUOJa BPEMEHU, MOCJE Yero npoucxoaut ruaposms ['Td. a-
CyOwveaununia, cesszanHas ¢ ['JI®, orcoeaunsiercs ot sddexTopHOoro Oenka,
KOTOPBI TIPU ATOM TepseT KaTaIUTUYECKyI0 aKTHUBHOCTh. Jlamee a-
CyOBeIMHUIIA CBSA3BIBACTCS C y-KOMITIEKCOM, 00pasyst HeaKTUBHBIN G-0emok.

+  Penenrop Addexrop

Puc.4.2. AxtuBauus u uHaktupanus G-0elkoB

D¢ddexTopHbie cucTembl, cBA3aHHbe ¢ (G-OenkaMu, BKIIOYAIOT aJieHUIAT-
nuknasy, nl' M®-cnenuduueckyro dochoamdcrepasy, dhochomumnazy C, doc-
donunazy A, U HECKOJIBKO TUIIOB MOHHBIX KaHAJOB. PaccMOTpUM JBa OCHOB-
HBIX NYTHU Mepefauyd curHana ¢ ydactueM G-0enkoB, MMEIOMIMXCS BO BCEX
KJIETKaX >KMBOTHBIX U PACTCHHUH: aICcHUJIATUMKIIA3HBIA U (POCPOUHO3UTHUIHBIN.
CxeMa aJeHWJIATHMKIA3HOTO MYTH Iepefayd MHPOpMaluy MpeACTaBIeHA Ha
puc. 4.3. TlepBUUHBIN MECCEHIKEP B3aUMOJIEUCTBYET C COOTBETCTBYIOIIUM pe-
LENTOPOM, YTO MPUBOAUT K U3MEHEHUIO KOH(popMmaluu Oenka. ITO MOBBIIIAET
BEPOATHOCTh B3aUMOJCHCTBHSI aKTUBUPOBAHHOTO PELIETITOpa ¢ peodpa3oBaTe-
JeM CUTHaJa, PoJib KOTOPOTo BBIMONHSIOT G-0enku. AKTHUBUPOBaHHBIN B pe-
3yJbTaTe B3aUMOJEHCTBUS ¢ perentopoM G-0eok nepeaaer CUrHai Ha Celu-
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aNbHBIA (hepMEHT-yCUIInTeNb. B aleHnnaTuuKIa3HOM MyTH YCUJIEHUE CUTHaja
OCYUIIECTBJISIETCSl C TIOMOIIBI0 PEpMEHTA aJIeHUIATIMKIIA3bl, KOTOPbIN KaTaau-
3upyer obpazoBanue HAM®D u3z AT®. Bzaumopeiicteue G-6enka ¢ gpepmeH-
TOM-YCUJIUTEJIEM CHUTHAJIa TIPUBOJIUT K U3MEHEHHUIO CBOMCTB (DEPMEHTA U COOT-
BETCTBEHHO K M3MEHEHHIO €r0 aKTUBHOCTH. [Ipu mepemade CTUMYIUPYIOIIETO
CUTHaJIa 4epe3 MeMOpaHy o-cyOnemuuuiia Gs-Oenka akTUBHpYET aJICHHIIAT-
nukiasy. [Ipu akTuBammm pernentopa, mepeaaroniero HHrHOUPYIONINi CUTHAI,
aktuupyetcst Gj-0eJ0K, 0-CyOheMHUIIa KOTOPOTO HHTHOUPYET aJeHUIATIINK-
na3y. B pesynbpTaTe akTHBAIMK aJICHIIATIIMKIIA3bl YBEIMUYUBACTCS KOHIICHTPA-
[[MsI BTOPUYHOTO MecceHkepa HTAMO.

R, R,

SN, . g I.I 'li!l'!' Y]

N yﬁm e

HAM® G,

¢

[IporennkuHaza A

Puc. 4.3. TpancmemOpanHas nepenadya nHGOPMaLUU C yHacTHEM
aneHunariukiaasbl (All) u I'TO-cs3pIBarOnmX OEIKOB:
Gs — ctumynupytonuii u G — uaruoupyomui ' Td-cesspiBatonue oenku; Ry u
R; — cootBeTcTBYIOMIHE perenTophl 1t Gs u Gj

KoHeuHble cTamuM mnepefayd CUTHAJIA OCYIIECTBISIIOTCS C  y4acTHEM
HAM®-3aBucuMON MPOTEHMHKMWHA3BI (MPOTEMHKUHA3BI A). B HeakTMBHOM CO-
CTOSIHUM MPOTEMHKHHA3a MPEACTABISIET COOOM TUMEp, COCTOSIIMNA U3 KaTaju-
TUYECKON U PETyJIATOPHOU CyObeIMHUL. AKTHBALUsl MPOTEHMHKUHA3BI oOectie-
yuBaerca cBs3biBaHueM HAM® ¢ perynsaTopHoil CyObeAMHUIIEH, UTO BbI3bIBAET
JUCCOIMAIMIO M aKTUBALMIO KATATMTUYECKON cyObenuHuibl. KaTanutuueckas
cyObeIMHUIIA B CBOOOTHOM COCTOSTHUM MOXeET (hochopumupoBaTh onpeaesieH-
HBIN O€NOK, aKTUBAIUS WM MHAKTUBALIMS KOTOPOTO U 00yCIaBIMBAET OTBET HA
BO3JIEMICTBHE BHEUIHETO curHana. Hanpumep, B KJIeTKax MMeYeHu MPOTEUHKUHA-
3a A myteM (ochopunrpoBaHrs UHAKTUBUPYET (PEPMEHT TIIMKOTCHCHHTA3y W
BCJIEZICTBUE 3TOT0 OCTAHABJIMBAET CUHTE3 riaukoreHa. C Ipyroil CTOpOHbI, B
KJIETKaX MeYeHU NPOTEeMHKNHA3a A aKTUBUPYET — Takxke myTeM (ochopuinpo-
BaHUsl — JPYTYI0 NPOTEHMHKUHA3y, KuHa3zy (ocopunasbl. AKTUBHAsS KUHa3a
dochopunassl pochopunupyer ramkoreHdochopmiiazy. ITo MPUBOIUT K BbI-
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CBOOOXKJICHUIO U3 TJIMKOI'€Ha TII0K030-1-docdara, KOTOPHIN mocie npesparie-
HUS B IIIOK030-6-pocdat BKItOUAETCS B TNIUKOJIU3.

PaccMoTpeHHBI MexaHU3M OOecreuMBaeT MPOBEIACHUE M YCUJICHHE BHe-
KJIeToyHOro curHana. OgHa MOJeKyJia pelenTopa, HaxoIAIIerocsi B aKTHBHOM
COCTOSIHMM, MOKeT B3auMojelictBoBath ¢ 10—-100 G-6enkamu. OnHa aKkTHUBHAS
MOJIEKYyJIa aJICHIIATIIMKIIA3bl CIIOCOOHA KaTanu3upoBaTh oopazoBanue 100 Mo-
ey TAM®. CrieoBaTelbHO, PEEnTOpHbIA cHrHan ycutuaercs B 10°~10*
pa3. TAM® He sABiIsSIETCS KOHEYHOW MUILIEHBIO IEUCTBUS PELIENTOPHOIO CUTHA-
Ja ¥ aKTUBUPYeET GEePMEHTHI, KOTOPhIC, B CBOIO OYEPE/b, TAKKE MOTYT aKTHBHU-
poBathb psna pepMeHTOB. B mporiecce nepenaun curHana Ha BHYTPUKIETOYHBIC
3 PeKTOpEl ¢ TMOMOIIBI0 TaKuX (PEepMEHTATUBHBIX KacKajoB KOd(PhHUIIMEHT
yernenust Moxker gocturats 10°-10°, Teopermuecku mokaszaHo, 4To KO3(QU-
[UEHT YCWICHHsS CUTHaJla (PEPMEHTATUBHBIMH CUCTEMaMHU B KJIETKE MOXKET
mocturath actpoHommueckux Bemmumd: 10°-10%. Opmako BHYTpH omHOI
KJIETKH 3aIachl CyOCTpaTOB BeChbMa OTPaHUYEHBI, TOITOMY peasibHasi KOHIICH-
Tpaiusi BTOPUYHBIX MECCEHKEPOB MM KOHEYHBIX MPOAYKTOB (hepMEHTATUB-
HOM PEAKIMU HE MPEBBIIIACT 10* monb/m. Ecin Y4€CTb, UTO KOHLICHTPALIU JIU-
TaH/I-PELCNITOPHBIX KOMIUIEKCOB 00bIdHO cocTamsier 10°—107° momb/m, TO
BHYTPH KIJIETOK PELIETITOPHBIA CUTHAN YBEJIMYMUBACTCS B CpEIHEM HE Oojiee ueM
B 10"-10" pas.

[TpuHIIMTIHATEHO BXKHONH OCOOCHHOCTHIO (DYHKITMOHUPOBAHKS CHUTHAJIBHBIX
CHCTEM KJIETOK SBJICTCS HEOOXOAMMOCTh MHAKTHBAIIMM Pa3BUBAIOIIETOCS BO
BPEMEHU KOHIEHTPAIIMOHHOTO W3MEHEHHMsI, 3aIlyCKaeMOro JUTaHI-perenTop-
HBIM B3auMOJICHCTBUEM. «BBIKIIIOUEHNE» YCUIUTEIHHOTO KacKaja Iepeaadyu
CUTHAJIa OCYIIECTBIIACTCS PA3IMYHBIMU CIIOCO0AMU, KOTOPHIE BKIIFOYAIOT WHAK-
TUBAIMIO PELENTOPOB MyTeM (ochOpUIMpPOBaHUS MPOTEUHKUHA3AMU, BBIKITIO-
YeHHE aKTUBUPOBAHHBIX (PepMeHTOB myTeM AedochopunupoBanus docdara-
3amu, BbIKItoueHue G-0enkoB myteM ruaponusa ['T®, BoccTaHOBICHUE WC-
XOJIHOTO YPOBHSI BTOPUYHOTO MECCEH/[KEepa B IMTOIJIA3ME MyTEeM paciiersie-
Hust TAM® dochoaudcrepasoil.

®ocPOMHO3UTHIHBIN MMyTh Nepeaayn nHpopmanuu n3odpaxeH Ha puc. 4.4,
B sToM MexaHM3Me mepeAaud CUTHaja akKTHMBHOE y4acTHE MPUHUMAIOT MEM-
Opannbie Gocomunuabl, B 4aCTHOCTH, (ochaTuaAMIMHO3UTON. BHenHui cur-
HaJl TIOCJIe B3aUMOJCHCTBHA ¢ penentopoM depes Gg-0enok aktuBupyeT Qep-
MeHT (ochomunazy Cz (PJICs). AxtuBanmsa docdomunassr C; MPUBOIUT K
ruapoim3y  MemOpanHoro  Qgocdonunuaa  dhocharuauauHO3UTON-4,5-
mudochara (PUD,) Ha 1Ba cOeNUHEHUSI, CITyKAIHE BHYTPUKICTOUYHBIMU MEC-
CEH/KepaMU: BOJIOPACTBOPUMBIN HHO3UTON-1,4,5-Tpudochar (MUdD3) u nunu-
nopacTBopuMbIid auarturiaiepos (JAD).

IMunpodunpabii nHO3UTONTPUGOChAT MUPPYyHAUPYET B IMUTOIIA3MY U B
pesynbrare B3aumozeiictBus ¢ Mdz-penentopamun Ha MeMOpaHe BHYTPHUKIIE-
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TOYHBIX JIETO (PHAOIUIA3MATUYECKUN PETUKYIYM, MHUTOXOHJPHUHU) BBI3BIBAET
0CcBOOOKIEHIE HOHOB Kanblus. Beixon noHoB Ca”" U3 BHyTPUKIETOUHBIX JETIO0
AKTHBUPYET TAK HA3bIBAEMBIH IEMO3aBHCHMbI, MM «EMKOCTHOI, BX0x Ca’’
qepes KaHaibl [1a3MaTHIeCKOil MeMOpanbl. «EMKocTHas» Mozens Bxoga Ca’’
B KJIETKM OCHOBBIBACTCS HA TMIIOTE3E, COIMIACTHO KOTOpoil Bxox Ca’* u3 Ha-
PYXKHOM Cpelpl PeryaupyeTcsi CTeneHbio 3amoiHeHus: M d;-ayBCTBUTENBHBIX
Ca’*-mero TakuM 06pa3oM, YTO OMYCTOIICHHE Aero akTuBHpyeT Bxox Ca*’. Tlo
AHAJIOTHH C KOH/ICHCATOPOM B SJIEKTpHUUecKoii nenu Ca> -1emno mpersTcTByioT
Bxomy Ca’*, KOrja OHM 3amOTHEHbI («3apsKEHBI»), HO aKTHBHPYIOT Bxoa Ca’' B
KJIETKY IIPU UX OIYCTOLIEHUH («pa3psaKe»).

O _ Peuenirop

) W
O
- 0 U,

Puc. 4.4. ®ochonHO3UTUIHBIN TYTh MIepelayyl CUrHaIa

Jlerno-3aBHCUMBIA BXO/I Ca®* sBasercs, MI0-BUIMMOMY, YHUBEPCATBHBIM Me-
XaHU3MOM PETyJUPYyeMOro BXOJa Ca®* B xnetku. Emxoctroii Bxox Ca®* ctu-
MYJIAPYETCS Pa3IMYHBIMU areHTaMH, OOIIMMH CBOMCTBAMH KOTOPBIX SIBISCTCS
COCOOHOCTH BBICBOOOXKIATH Ca’ us nerno. B To ke BpeMsi MEXaHu3M Iepejia-
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an uadopMarmn 06 omycromennn Ca’*-gero k Ca’*-kaHamaM B IUIa3MaTHde-
CKOM MeMOpaHbl ocTaeTcsi HessicHbIM. COrJlacHO OJIHOM U3 MOJIeNel Jeno3aBu-
cumoro Bxoga Ca’* B KIETKH MPH ONMyCTOLICHHHU IO B IUTOILIA3MY 0CBOGO-
KIAETC BOJOPACTBOPUMBIN BTOPUYHBIA MECCEHKEDP, KOTOPBIM U AKTUBUPYET
Ca’*-KaHaJIbl B MIA3MATHYCCKOl mMemOpane. Takoil BTOPUYHBIM MECCEHXAEP
noxyunt nassanue dakropa sxoma Ca”* (CIF — calcium influx factor). Cornac-
HO Jpyroif Mozenn Bxox moHoB Ca’’ perymmpyercs GeloK-GelIKOBBIME B3aH-
MozeiicTBusaMu Mexay OUs-penerrropamu Ca®*-neno u Ca’*-kaHamamu rwias-
MaTHYECKON MEeMOpaHHI.

[Ipu MOBBINIEHNN BHYTPHUKJIECTOYHON KOHIIEHTPAIIMH CBOOOTHOTO KaJbITHS
AKTUBHPYIOTCS MHOTHE KallbLMi-3aBHCHMBIC Iporiecchl. Hampumep, nonsr Ca®*
00pa3yloT KOMIUIEKC ¢ O€IKOM KaJbMOIYJIUHOM. DTOT KOMILIEKC aKTUBUPYET
KaJIbMOJYJTMH-3aBUCUMYIO MIPOTEMHKHHA3Y, KaTAIU3UPYIOIIyo Gocopuinrpo-
BaHHME HEAKTUBHOTO Oe€yika, YyTO OOYCIIaBIMBAET NajbHEHIee pa3BUTHE KIle-
TOYHOTO OTBETA.

BryTpukierounasi KOHIIEHTpaIUsl HHO3UTOATpUudocdaTa MOHUKAETCS B pe-
3yJNbTaTe MOATATHOTO THAPOIM3a 0 MHO3HUTONA. J{armee HHO3UTO BKIIIOUASTCS
B cocTaB (ochaTuIUINHO3UTOJIA, U TOJIBKO B MeMOpaHe dochopunupyercs A0
dbocharuamnmrHo3uTon-4,5-nudocdara, KOTOPbId MOXKET OBITH CHOBA UCIOJb-
30BaH B JIAHHOM IyTH mepefaun curHana. Cieayer OTMETUTh, 4To (docdaTu-
JTUTUHO3UTON-4,5-udocdaTt — BaKHBIH MOIYISTOP B3aUMOJICHCTBUS MEMOpaH
C UTOCKEeNeTOM. Tak, MOBBIIMIEHUE €TO COJACPKAaHUS B MEMOpaHaX UHUILIUUPYET
cOOpKY aKTHMHOBBIX (DMIIAMEHTOB, a CHUKEHUE — Pa30opKy nurockenera. Ku-
pPOPacTBOPUMBIN  TUAMITIMIIEPOa akTuBUpyeT mnporeuHkuHasy C (PKC).
[Iporennkunasa C B npucyTcTBUU (pocharuanicepruHa U MOHOB KalblIUA KaTa-
JU3UPYET MpucoeanHeHne ¢Gocdara K HEAKTUBHOMY O€JKy, 3amycKas OTBET-
HYIO PEAKIMI0 KJIETKHU. J(Manunriviepos moaBepraercs JadbHEHIINM nmpeBpa-
nieHusiM. B npucyrctBun AT® depMeHT AuanuirmiepoikuHaza gocdopu-
mupyet JAI' ¢ obpazoBanueM ¢ocdaruanoit kuciotel. [Ipenmnonaraercs, 4ro
docdaTuaHas KUCIOTa MOKET BBIOJHATh (PYHKIUIO KAJIBLIMEBOr0 HOHO(MOpa U
TpancnoptupoBath Ca”* uepes mIa3sMaTHIecKyio MeMOpaHy.

Kpome Toro, moa aeicTBUEM AUAIIMITIUICPOJIIUIA3bl U3 TUAIMIITIIALIEPO-
Ja oOpasyeTcsl apaxuJ0HOBas KHUCIOTa, MPEICTABIAIOMA CO00M HMCXOTHBIN
MaTepuan JJisi CHHTe3a OWOJIOTMYECKH aKTUBHBIX COCAMHCHHH (TICPBUYHBIX
MECCEH/KEPOB) — TPOCTArJIaHINHOB, JEHKOTPUEHOB, TPOMOOKCAHOB. Takke
CJIeyeT OTMETHTh, YTO OJIHUM W3 MEXaHU3MOB OOpa30BaHUS apaxuJIOHOBOI
KHUCIIOTHI SIBJISIETCS €€ BBICBOOOXKAeHUE U3 (pochonmunuaor dochonmmazoit A,,
KOTOpasi KaTaJM3upyeT THAPOJIU3 CI0KHOA(UPHOU CBsI3U. Bo MHOTHX citydasx
apaxuJ0HOBAsI KUCJIOTA BBIMOIHIET POJIb BTOPUYHOTO MECCEHKEpa, MOIYITH-
pys akTuBHOCTH ocdonmmnaszel C, aAeHWIATIUKIA3LI, TYaHWUIATIUKIA3bl U
npoTeuHKkrHa3bl C.
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4.5. TPAHCAYKUUA CUTHAINTIOB YEPE3 MEMBPAHDI
C YYHACTUEM MOHHbIX KAHAJIOB

[lepenaua curnana yepe3 MeMOpaHy HE BCErja COMPSIKEHA C BKIIOUYEHHUEM
G-6enkoB. Py penentopoB, Kak yke OTMEYaOCh, SIBJISIOTCS MOHHBIMU KaHa-
JamMu. OTU pelenTopbl 00bETUHSAIOTCS B KJIaCC PEUENTOPOB OBICTPOTrO OTBETA U
OCYILECTBJISIIOT OTBET HA CUTHAJ B TEUECHHE HECKOJbKUX MUJUIMCEKYHI. B pe-
3yJbTaTe JIEWCTBUSA BHEIIHETO CUTHAJA U3MEHSETCS MPOBOAMMOCTH KaHAJOB,
YTO UHAYLUPYET U3MEHEHHE MEMOPAHHOTO TOTEHIHAIA.

JIurang-ynpasiisieMble KaHajbl MIPEACTABISIOT COO0N MOHHBIE KaHAJBI, IPO-
BOJMMOCTBH KOTOPBIX U3MEHSETCS IPU CBSA3BIBAHUU C CTIEUU(DPUUECKUMU JTUTaH-
namu. [Ipu cBS3bIBAHWM BHELIHETO JIMTAaHAA C PEUENTOPOM JaHHOIO THUIIA IPO-
UCXOAUT W3MEHEHHE KOH(POpMAIUU TMOCIEIHEro, MPUBOASIIIEE K OTKPBITHIO
MOH-CEJIEKTUBHOU MOpBI BHYTpHU Oeisika. Uepe3 3Ty mopy HAUMHAIOT ABUTATHCS
MOHBI, YTO B KOHEYHOM HTOI€ MPUBOJUT K U3MEHEHHI0 MEMOPAHHOTO MOTEH-
nuana. CaBur MEMOPaHHOTO MOTEHIINAJA, B CBOIO O4Yepe/b, BbI3bIBAET U3MEHE-
HHE POBOAMMOCTH MOTeHIMAI-3aBicuMbIX K'-kamanos, Na'-kananos u Ca®'-
KaHanoB. M3menenue mposogumoctu Na'-kaHanoB HNPUBOAMT K JAENONSAPU3A-
UM MeMOpaHbl, a U3MeHeHne npoBoauMocTH K'-kaHanos — k rumepnonspusa-
uu MeMOpaHbl. B 31eKTpoBO30YAMMBIX KIIETKAaX ACHOJspU3alus MeMOpaHbI
OPUBOAUT K (POPMUPOBAHUIO MOTEHIIMATIOB ACHCTBUSA, KOTOPBIE pacrpocTpa-
HSIOTCS 110 MEMOpaHe KJIETKHU. DTOT MPOLIECC OCHOBAH HA TOM, YTO JIOKAJIbHOE
oOpaiieHre MeMOpPaHHOrO0 MOTEHIHAla CTUMYJIUPYET OTKPBIBAHUE COCEIHUX
NOTEHIMAI-YIIPABISIEMbIX MOHHBIX KaHAJIOB. B pe3ynbpTaTe BO30yXIE€HHE pac-
MPOCTPAHSAETCS B BUJIE JEMOJISIPU3AI[MOHHON BOJHBI 110 BCEU KIIETKE.

DONeKTpoBO30YIMMbIE KIIETKH COAEPXAT TaKKE MNOTEHIHAJ-YIpPABIsSIEMbIe
Ca’*-KaHayIbl, yBEIHYCHHE MPOBOIMMOCTH KOTODPBIX HAOTIONACTCS MPH HCIO-
Jsipu3auu MeMOpaHbl. BXxoa1 MOHOB KallblUs B KJIETKU MPUBOJUT K aKTUBAIUU
crienuanbHbIX 3(GHEKTOPHBIX OCIKOB, UYTO MHUIIMUPYET JdaTbHEHIIee pa3BUTHE
KJIETOYHOI'O OTBETA.

CornacHo UMEIIIMMCSI JaHHBIM, BEJIMYMHA U MPOCTPAHCTBEHHOE paclpe-
JICJIEHUE KaJIbLIMEBOIO CHrHaja — KJIOYEBOM MOMEHT B IIPOLIECCE KOAUPOBKH
BHeIHeW nHpopManuu. B HelipoHax, HanmpuMep, pacpoCcTpaHEHUE MOTEHIA-
JIOB JIEUCTBUS MOKET IIPUBOJIUTH K TOSIBICHHUIO KOJI€OaHU BHYTPUKIECTOUHON
KOHLIEHTpAIlMy UOHOB KalbIHs. YacToTa 3TUX KOJEOaHU 3MEHSETCS MPU U3-
MEHEHUHU YacTOThI CJIEIOBAHUS MOTEHIIMANOB JeicTBUs. B cBOtO ouepensb, or-
penensiemMasl AICKTPUYECKOM aKTMBHOCTBIO YacTOTa KaJbIIMEBBIX KOJIeOaHUMU
peryaupyer sKcnpeccuto reHoB. OTau4us B SKCIIPECCUU T€HOB MPU Pa3IUYHBIX
naTTepHaxX U3MEHEHHUs BHYTPUKIETOYHON KOHUEHTPAIMU CBOOOIHOTO KabIIUs
0OyCJIOBJIEHBI TEM, YTO aKTUBHOCTh (DAKTOPOB TPAHCKPUIILIUU PETYIUPYETCS B
pe3yibTaTe TMpPOLIECCOB WX  KalbLUUK-3aBUCUMOTO  QocPopuianpoBaHus-
nedochopmmmpoBanus. Tak, (ochopuwmmpoBanue ¢akropa TPAHCKPUIITUU
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CREB (cAMP response element binding protein), mpuBosiiee K aKTHBALUN
Oesika, OCYLIECTBISETCS KalabMOJYJIMH-3aBUCUMON MpoTeuHKuHa3oi I, a ne-
dbochopunupoBanre, HHaKTUBHpYHoIIee Oenok, — pocdarazoil KaabIIUHEBPU-
HOM. AKTUBHOCTh KaJIbMOAYJWUH-3aBUCUMON MpOTenHKUHA3bI || U kanblumnHeB-
pUHA PETYIUPYETCS MOHAMU KaJIbIUs, OJTHAKO Y ATUX OEJIKOB KOHCTAHTHI CBSI-
3bIBAHUS KaJbIUs paznuvaioTcs. B pesynbrare Bpemsi HaxOXIeHHsS (akTopa
TPAHCKPUIIMKA B aKTUBHOM, (POCPOPUPOBAHHOM COCTOSIHUU 3aBUCUT OT aM-
TUTUTYbl U YACTOTHI KAJIBIUEBBIX KOJIEOAHUI.

Cpenu nurasa-ynpaBisIEMbIX KaHAJIOB CIEAYET TaKKe yKas3aTh JIMTaHM-
yrpapisiembie Ca*-KaHaIbl BHYTPHKICTOUHBIX HCHO. JTH CHCTEMbI IPEHMY-
HIECTBEHHO YYaCTBYIOT B MEPENAY€ M YCUJICHUH BHYTPUKIETOYHOTO CUTHAJA.
Cpen nuran-ynpasisieMsix Ca®'-kaHaIOB BHYTPHKICTOUHBIX IO HAHOOTICE
n3yueHbl UD3-penentopsl 1 pUaHOJUHOBBIE PELENTOPBI.

d;-penentops! — OCHOBHBIE perentopbl Ca’*-1ero B GOIBIIMHCTBE TUIIOB
KJIIETOK 33 HMCKIIOUEHUEM HEHPOHOB M MBIIIEYHBIX KiIeTOK. Mds3-penentop
nMeeT Maccy okoJio 313 k/la 1 COCTOUT U3 YEThIPEX HEKOBAJICHTHO CBA3aHHBIX
cyObenuHUIl. AKTUBAIlUS KaHajda MPOUCXOIUT MpU KOHGOPMAIMOHHOW Tepe-
CTpPOMKE pelenTopa B pe3yibprare cBs3biBanus Nds;.

CBoe Ha3BaHHWE PUAHOAMHOBBIE PELETITOPHI MOTYYMIN U3-3a COCOOHOCTH
crielu(PUYECKH CBSI3bIBATh PACTUTEIIBHBIA aAJKAJIOU]] PUAHOIUH. AJIKaIou]
pUAHOIWH B KOHUEHTpamusx S5—50 HMOJb/I UHAYUHUPYET OTKpPBITHE Ca*'-
KaHaJIOB, a B MUKPOMOJISIPHBIX KOHIIEHTPAIUSIX OJOKUPYET KaHAJIbI.

PraHONMHOBBIN peuenTop SBISETCI TOMOTETPAMEPOM C MOJIEKYJISIPHOU
Maccoi okoJio 550 k/la, cTpykTypa KOTOPOTO HAlIOMUHAET YETHIPEXJICTIECTKO-
BbIN JTUCT KJIeBepa. Hanbosiee n3yueH pruaHOAMHOBBINA PEIIECTITOP U3 CKEJIETHBIX
MBI Kposiuka. Kaxkmass u3 yeTeipex CyOBeIUHUIl 3TOTO Oelika COCTOUT W3
5037 aMMHOKHCIIOTHBIX OCTaTKOB, U3 KOTOPBIX TOJIBKO 0K0JI0 500 ruapodoOHbI
U BXOJSIT B COCTaB MEMOPAHHOTO CerMEHTa. B CkeneTHBIX MbIax uHpopma-
U OT TJIa3MaTUYECKOW MEMOpaHbl K CapKOIIIa3MaTHYECKOMY PETHKYIyMY
nepeaeTcsl 1Mo MEXaHU3My, OINKCHIBAEMOMY MOJENbI0 KOH()OPMAIMOHHOTO
cBsi3biBaHMs. COIJIaCHO ATOM MOAENH, OONBIION TUAPOPUILHBIN y4acTOK pua-
HOJAMHOBOTO PELENTOPA HEMOCPEACTBEHHO B3AMMOJECUCTBYET C UUTOIIA3MaTH-
YEeCKUMHI JOMEHAMH IOTEHIHAI-ynpaBisieMbix Ca”'-kaHamos L-Twma masma-
TUYECKOM MeMOpaHbl, oOecrieurBasi TakKMM OOpa3oM 3JIEKTPOMEXaHHYECKOE
conpsbkeHue MeMOpaH. B apyrux tunax kietok uHdopMmalus oT mia3MaTuye-
CKOM MeMOpaHbl K pUaHOJUHOBOMY PEIETITOPY MEPETAETCS ¢ TMOMOIILI0 BTO-
PUYHBIX MECCEHXKIEPOB.

4.6. PELUENTOPbI C TUPO3UHKUHA3HOWU AKTUBHOCTbLIO

dochopunrpoBaHue OEIKOB, OCYIIECTBISIEMOE TPOTCUHKUHA3AMH, SIBIISICT-
csi Hanbosee OOIMMM MEXaHM3MOM BHYTPHUKJIETOYHOM CHUTHAIM3allMd BO BCEX
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Tumnax kietok. [Ipucoenunenue gocdara ocyuiecTpisieTcss B pe3yibTare oopa-
30BaHMs YPUPHOMN CBSA3M C TUAPOKCHIBHBIMU TPyNIIaMU aMUHOKUCIOTHBIX OC-
TaTKOB CEpHHA, TPEOHMHA U TUpo3uHA. CeneKkTUBHOE BBelEHHE (PochaTHBIX
TPy B CEpUHOBBIC, TPEOHMHOBHIE M TUPO3UHOBBIE OCTATKU OEIKOBBIX MOJIE-
KyJI CYIIECTBEHHO M3MEHAET 3apsA] U KOH(POPMALMI0O MAKPOMOJIEKYJBI U MPH-
BOJUT K M3MEHEHHUSM (PEepMEHTATHBHOW aKTUBHOCTH OEJIKOB M MeTa0oJIM3Ma
KJIETKH B 1esI0M. BrimensroT aBa tuma dhochopmmpoBanus: 1) ¢pochopumupo-
BaHUE M0 CEPUHOBBIM M TPEOHMHOBBIM aMHHOKHCIOTHBIM OCTaTkam, 2) ¢oc-
dopunrpoBanue Mo TUpo3uHy. [IpoTeMHKMHA3Bl TaKKe MOIPa3ICNAIOTCS Ha
CEpUH/TPEOHUHOBBIE U THUPO3UHOBHIE. DochopuarpoBaHre THPO3WHA UTPAET
KIIFOUEBYIO poJIb B nposudepannn U AuphepeHIIMpOoBKe KIETOK U OTCYTCTBYET
y OJIHOKJIETOYHBIX 2yKapuoT. Takum oOpa3om, naHHbIN Tl GocopuirpoBa-
HUS CIIYKUT IOKA3aTeJieM Iepeladyd CUTHAJIOB Y MHOTOKJIETOYHBIX OpraHU3-
MOB. THpPO3WHKHMHA3B! OBIBAIOT JIBYX THUIIOB: PELIEITOPHBIE M LUTOIJIa3MaTH4e-
ckue. LluTonnazmMarniyeckue THPO3UHKUHA3Bl YUYACTBYIOT BO BHYTPHUKJIETOYHOM
CUTHAJIN3ALMM, BKJIFOUYas Iepefady CUrHAJIOB B sSApo. PenentopHsle THPO3UH-
KMHA3bl OCYIIECTBIIAIOT TpPaHCMEMOpaHHYIO Nepenady CHUrHajioB. TunuuHbie
pELENTOPHBIE TUPO3UHKUHA3BI — 3TO PELENTOPbl UHCYJIHMHA, 3MUAEPMaIbHOTO
daxTopa pocta (DDP), TpomboIIMTApHOTO (haKTOpa pocTa.

TUpO3MHKMHA3HBIE PELENTOPbl COAEPKAT YEThIPE OCHOBHBIE JIOMEHA: BHE-
KJIETOYHBIN, HUTOIUIA3MAaTUHYECKUIA, TPAHCMEMOpPaHHBIN U PEryIsITOpHbI. BHe-
KJIETOYHBIM TOMEH PELENTOpa YYacTBYET B CBSA3bIBAHUM JUraHja. CBsA3bIBaHUE
JUraHa BbI3bIBAET KOH(OPMALMOHHBIE U3MEHEHUSI, KOTOPbIE AKTUBUPYIOT TH-
PO3UHKHMHA3HBIN HUTOIUIA3MAaTUYECKUI TOMEH. DTOT JIOMEH YYacTBYET B JaJIb-
Helliel nepefaye cUrHaia BHYTPb KIETKU MyTeM (pochopuanupoBaHusi cOOT-
BETCTBYIOIIMX MHUIIEHEN MO TUPO3MHOBBIM OCTaTKaM. THPO3MHKHHA3HBIE pe-
LENTOPBI CONEpKAT TAKKE OAUH WIM HECKOJIBKO BHYTPHKJIETOUYHBIX PEryJs-
TOPHBIX J0MEHOB. Ha perynsTopHbIX (parMeHTax pacrojoXeHbl MHOKECT-
BEHHBIE Y4YacTKU ayTo(hoCPOpUIMPOBAHMS pEUENTOpOB. BHeKIeTOUHBIM U
BHYTPHKJIETOUHBIN TOMEHBI CBS3bIBAIOTCS TPAHCMEOPAHHBIM JTOMEHOM, KOTO-
pBIil MPOHU3BIBAET TJIA3MATUYECKYI0 MEMOpaHy KJIETKH OJIMH Pa3.

Ha ocHOBaHMM CXOJCTBa CTPYKTYPHBIX 3JIEMEHTOB B HACTOSIIEE BPEMSI BbI-
JENA0T 14 pa3InyHbIX CEMEUCTB PELENTOPHBIX TUPO3WHKMHA3. Pasnnune me-
XKy ceMeicTBaMu pelenTopoB HauboJiee MOJHO MPOSIBISIOTCS B CTPYKTYpPE MX
BHEKJIETOYHBIX JOMEHOB. Tak, MpeACTaBUTENIM CEMEWCTBA PELENTOPOB UHCY-
JUHA U UHCYJIMHIOIO00HOTO (hakTopa pocTa BO BHEKJIETOYHOM JOMEHE COJep-
JKaT OJIMH Y4acCTOK, OoraTelil ructenHoM. [IpencraBurenu cemeiicTBa perenTo-
POB AIUACPMATLHOTO (PaKkTOpa pocTa BO BHEKJIETOYHOM 00IaCcCTH conepkar 2-3
OoratbIX IUCTEMHOM ydacTka. [[si Apyrux cemMemcTB penenTopHbIX THPO3WH-
KMHAa3 XapaKTepHO HaJIMYKWe UMYHOITIOOYJIMHOBBIX JOMEHOB BO BHEKJIETOUHOU
obnactu. CeMelCTBO perenTopoB (akTopa pocTa HEPBOB COAEpPKAT 2, CeMei-
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CTBO penentopoB ¢gakropa pocta pudpodi1acToB — 3, a CEMENUCTBO PEIENTOPOB
TpoMOoUTapHOro (hakTopa pocra — 5 UMMYHOTJIOOYJIMHOBBIX JOMEHOB BO
BHEKJIETOYHOU 00JIaCTH.

AKTHUBaIUS PEIENTOPHBIX TUPO3MHKWHA3 TIPH CBSI3BIBAHWU JIMTAHIOB OCY-
HIECTBIISIETCS MMyTEM IUMepH3aus perentopoB. OOpa3oBaBIIUiiCS TuMep 3a-
MycKaeT mpoliecchl ayTohochopruInpoBaHus, B pe3ybTaTe KOTOPHIX MPOUCXO-
JUT akTUBanus perentopa. Hammane dhochopummpoBaHHBIX OCTATKOB THPO3HU-
Ha SBJISIETCS CUTHAJIOM JUUIS CBSI3BIBAHUS QIANTEPHBIX OCIKOB W JadbHEHIIICH
nepeaun CUTHaIA B KJICTKY.

PaccMoTpuM TpaHcMeMOpaHHYIO TMepefady CHTHAjOB C yYacTHEM peler-
TOPHBIX THPO3UHKWHA3 Ha MIpUMepe pabOThI perienTopa dMuaepMaIbHOro Gak-
Topa pocTta (puc. 4.5).
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Puc. 4.5. Ctaguu popMupoBaHUS JIUTaHA-PELIETITOPHOTO CUTHATBHOTO KOMIUIEKCA:
1 — cBsI3BIBaHME JIMTAHJIA C PELICTITOPOM; 2 — IUMEpH3aIiusl PerenTopor; 3 — ayrodochopuiu-
pOBaHHUE PELEnTOpoB; 4 — CBA3bIBaHUE (EPMEHTOB U aJalITEPHBIX OEIKOB ¢ (H0OCHOTHPO3UHO-

BBIMH OCTaTKaMH PerenTopa

Perynstopusiii C-koH1eBO# goMeH perientopa IPP comepxut 5 ocTaTkoB
TUPO3HMHA, KOTOPbIE MOABEPraroTcs ayropochopHIMpOBaHUIO MIPU JUMEpPU3a-
muu Oenka. PochOTHUPO3MHOBBIE OCTAaTKU peEIEenTopa OO0ECHeYrBAIOT MeCTa
CBs3bIBaHMS s amanTopHoro Oenka Grb2 (growth-factor-receptor-binding
protein 2), npomexytounoro (akropoB Shc (aganrepHoro Oejaka roMoJIOrHY-
Horo Src 2 (SH2)), docdomunassr C, (DJIC,) u 6enxa GAP (GTPase-activating
protein), perynupyroriero aktuBHocTh ['Tda3. Benok Shc taxke mMoxxer moj-
Beprarbesi (OCHOPUITMPOBAHUIO IO TUPO3UHY MOCIE PEUENTOPHON aKTUBALIUU
U 3aTeM criocoOeH cBsi3biBaTh Grb2. Axrusanus perentopa DDP ysennumnpaer
aktuBHOCTL DJIC,, KoTopas, kak u DJIC, B pesynbrare rupponuza OPUD,
IIPUBOMT K YBETHYCHHIO BHYTPHKICTOYHON KOHIGHTpamuy noHoB Ca”" u 3a-

100



NYCKY KaJIbIMI-3aBUCUMBIX TIPOIlecCOB. AnanTtepHbiii Oesok Grb2 cBs3biBaeT
daxkTop oomena I'JIO/I'TD Sos, kotopelii akTuBUpyeT obnanaroniuii [ Tdas-
HOM aKkTUBHOCTBHIO Oenok Ras. AxtuBHas ¢opma Ras-I'TD, B cBoro ouepep,
IIPU CBSI3BIBAHUU C COOTBETCTBYIONUMU 3 dekTopaMu 3amyckaetr hepMeHTa-
TUBHBIN IMyTh YCUJICHUS W TIEPEIauul CUTHAIA K SAPY KJICTKH, OCHOBHBIMH yda-
CTHUKaMH KOTOPOTO SIBJISIIOTCS WICHBI CEMEWCTBA MUTOTCH-aKTUBUPY-EMBIX
nporenHkrHaz MAPK (mitogen-activating protein kinase) (puc. 4.6).
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Puc. 4.6. AxtuBaniuss MAPK-xackana

Haubonee moiHo omucaH CUTHaJbHBIA MyTh, KOTOPBIM BKIIIOUAET B3aUMO-
neiicreue Ras ¢ Oenkamu cemeiictBa Raf. Axruamus Oenka cemeiictBa Raf
CIOCOOCTBYET €ro TPaHCJIOKAIMU K KJIETOYHOW MeMOpaHe, TJIe OH B pe3yJIbTaTe
cepuH/TpeoHnHOBOTO (hochopmmmpoBanus aktuBupyer oOemok MEK (MAP
kinase/ERK — activating kinase). MEK ¢ochopunupyeT kak THpO3UHOBBIE, TaK
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U TPEOHHHOBBIC OCTAaTKHW MHUTOreH-akTuBHpyeMoil kuHa3el ERK (extracellular
signal-regulated kinase). JIpoiinoe ¢ochopumupoBanue aktuBupyer MAPK,
KOTOpasi, B CBOIO ouepeb, pochopunupyeT psa cyOCcTpaToB Kak B IIUTO30J€,
TakK 1 B sApe (KyJa OHa MEepPeMEeIaloTCs IOCiIe aKTUBAIK ). MUIIeHbIO AeHCT-
Buss MAPK B sape siBisitores daktopsl Tpanckpunmuu (TF), perymupyrorue
HKCIIPECCHUIO TEHOB.

Hapsiny ¢ TpancMeMOpaHHBIMH PELIENITOPHBIMU THUPO3MHKHUHA3aAMH CYIIECT-
BYET TaKXe Ipyma perenTopoB, nepeaamias HHHOopMaIuoo BHYTPh KIETOK C
y4acTHUEM IIMTOIUIA3MAaTHUECKUX THPO3UHKMHA3. DTH PELENTOpPhl HE UMEIOT
COOCTBEHHOTO KaTAIUTUYECKOTO THPO3WHKMHA3HOTO JIOMEHA, HO MPHU aKTHBa-
MU CBS3BIBAIOTCS C LUTOIIA3MAaTUYECKUMHM THUPO3WHKUHA3aMU M 00pa3yroT
eAVHBIA CUTHANIBHBIA KoMIuiekc. K 3Toil yacTu pernenTopoB, KOTOPBIE YACTO
HA3bIBAIOT OUMOJIEKYJISIPHBIMU PELENTOPHBIMU TUPO3UHKUHA3aMU, OTHOCSTCS
penenTopsl LIUTOKMHOB M aHTUI€HOB. B KauecTBe CUTHANBHBIX CyOBEAMHMIL
JUISL 3TUX PELENTOPOB BBICTYHAIOT LIMTOIUIA3MAaTHUYECKUE TUPO3UHKHUHA3BI Ce-
meiicTB Src u Jak.

[lepenaya BHYTPUKIETOYHOTO CHTHaja MOCPEACTBOM (hochopuiarpoBaHUs
OMpeNIeNIAeTCSl aKTUBHOCTBIO KaK THUPO3WHKHWHA3, Tak TUpo3uHdocdaras. bes
aKTUBAIIMU PEIENITOPOB aKTUBHOCTH TUpO3uH(pochaTas Ha 2-3 mopsiKa BHIIIE,
YeM aKTHUBHOCTh THUPO3WHKHMHA3. [l03TOMYy 1Isi TOTO, YTOOBI CHUTHAIM3AIMS C
y4acTHUEM TUPO3UHKHMHA3 ObuIa 3(()EKTUBHOM, aKTUBHOCTh THpO3UMHPoOchaTa3
TaKke JOJDKHA peryjaupoBatbes. BoimensioT nBa tuma tupo3uHdocdaras: pe-
LHENTOpPHBIE U IUTOIUIa3MaTHYeCKHe. Perynanus peunenTopHbIX TUPO3UH(OC-
¢daTta3z ocylecTBISETCS MEPBUYHBIMU MECCEHDKEpaMH, a aKTUBHOCTb IUTO-
IUIa3MaTHYECKUX THPO3uH(pocPaTa3z — BTOPUIHBIMU MECCEHIKEPAMHU.

Crenenp U NPOAOIKUTEIBHOCTH (PochHOpUIMPOBaHUs, OMOCPEAOBAHHOTO
peLeNTOPHBIMU THPO3UHKNHA3AMHU, MOTYT OBbITh 3HAUUTEIHHO YBEJIMYEHBI B pe-
3yJbTaTe WHTUOMPOBAaHUS aKTHUBHOCTH Tupo3uHbocdaras. [loaromy 3amyck
CUTHAJBHBIX CUCTEM C YYaCTHEM PELENTOPHBIX TUPO3UHKHUHA3 CONPOBOKAACT-
Csl TAK)KE€ aKTHBAIMEW CYMEPOKCUA-CUHTA3HON CHCTEMbl BTOPUYHBIX MECCEH/-
XKepoB. THUPO3MHKMHA3HBIC PELENnTOpPhl C MOMOIIbI0 Oenka Ras akTHBHUPYIOT
dbepment HAJIOH-okcuaazy, koTopas KaTaIU3UPyeET MEPEHOC AIEKTPOHOB OT
HAJA®H k kuciopoay ¢ o0pa3oBaHMEM CYNEPOKCHUIHOTO aHUOH-PAJUKaIA.
CynepoKCuaHbIA aHUOH-PAJIMKA U O0Opa3yIoIIUCs B Pe3yJIbTaTe CyNEepoOK-
CUIHOM TUCMYTaIliU TMEPOKCUI BOJAOPOAA MPUBOIAT K MHAKTUBAIIMHA THPO3WH-
docdaras.

4.7. TPAHCMEMBPAHHASA NEPEOAYA CUTHANA
NMPU KOHTAKTHOM B3AMMOOEUCTBUU

TpancmemOpanHas mnepenadya WHGOpPMAIUK TMPOUCXOIUT HE TOJBKO TPHU
B3aUMOJICCTBUU MEPBUYHBIX MECCEH/KEPOB C pELENTOpaMu, HO U TIPU B3au-
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MOJICCTBUM KJIETOK C MOJIEKYJIaMH BHEKJIETOYHOTO MaTpUKCa WM MOJIEKYJia-
MU Ha MOBEPXHOCTH cOoCeAHUX KieTok. [Iporecc mpukperieHus: KIeToK K Cy0-
CTpaTy Ha3bIBACTCS aAre3Uei U MPOUCXOAUT C yUaCTHEM CIICIMAIbHBIX OEJTKOB.
OTu OeNKM Ha3bIBAIOTCS MOJIEKYJIAMU KJIETOYHOM aare3uu. MoieKyiabl KJIeToy-
HOW aJre3uu SIBJISIFOTCS PELENTOPAMU, JIMTAHAAMH JUJI1 KOTOPBIX CIYKaT WJIU
CaMHM MOJIEKYJIbl KJIETOYHOM aAre3WH, PacloJIOKCHHBIE HA MOBEPXHOCTU KOH-
TaKTUPYIONIUX KJIETOK, WA MOJIEKYJbl BHEKJIETOUHOIO MaTpHUKca. 3aImycKae-
MBbI€ aIr€3We CUTHAJIBHBIC IyTH PETYIHPYIOT MPOoudepaInio U pocT KIETOK
Ha Pa3HbIX CTAAUSX PAa3BUTHS MHOTOKJIETOUHBIX OpraHu3MoB. Cpeau MOJIEKYI
KJICTOYHOM aJre3uH BBIACISIIOT UHTETPUHBI, CEJIEKTUHBI U KaarepuHbl. Cenex-
TUHBI U KQJAT€PUHBI BBI3BIBAIOT aJTr€3UI0 Y€pe3 MEXAHU3M, B KOTOPOM KJIETOY-
HOE CBSI3bIBAHUE BBI3BIBACTCS B3aMMOJICICTBUEM OJMHAKOBBIX MOJICKYJISIPHBIX
€IMHUI] Ha KOHTAKTUPYIOIIUX MOBEPXHOCTSIX B3aWMOJICHMCTBYIOIIUX KJIETOK.
HHTEerprHbI CIOCOOHBI CBS3BIBATHCS C IPYTUMH MOJICKYJIaMU KJIETOUYHOM ajre-
3UM WM MOJICKYyJaM{ BHEKJIETOYHOTO MAaTPHMKCa, TAKUMH KaK JJaMUHUH, (uO-
POHEKTHH, TEHACKHUH, TPOMOOCIIOHIUH. PaccMOTpUM Ha mpuMepe MHTETPUHOB
MPOIIECC aKTUBALIUM BHYTPUKJIETOUHBIX CUTHAIBHBIX MyTEWH C y4acTUEM MOJIe-
KyJ KJIeTouHoU anare3uu. [Ipu akTUBAalMM MUHTETPUHOB OJHUM U3 KJIETOUYHBIX
OTBETOB SABJISICTCS MEPECTPOMKA MUTOCKENIETAa KIETKA. B3anmMoneincTBue akTu-
HOBBIX (DUJIAMEHTOB C MHTETPUHAMM OCYIIECTBIISIETCS C YYACTUEM MYJIbTUMO-
JIEKYJISIPHBIX KOMILJIEKCOB, COJIEpXAalIUX psii OCJIKOB, BKJIIOYAsi TaKue OCNKH,
CBSI3bIBAIOIINE aKTUH, KaK BUHKYJIMH, TaJIUH, 0-aKTUHUH, TAKCWJINH, TCH3UH, a
Takke KuHa3y ¢GokanpHoi aaresun (KMDA), koTtopas sBiIseTCs HEPELEnTOPHOM
TUPO3UHKHUHA30H, (HOCHOPUIHPYIONIEH MaKCUIWH, TEH3WH W JIPYTHE KOMIIO-
HEHTBI MYJIbTUMOJIEKYJIIPHOTO KoMILIekca. OOpa3oBaHHe MHTETPUHOBBIX KJjla-
CTEpOB BBI3BIBACT CBsA3bIBaHHME Ocnka TeH3mHa u KDA ¢ memOpanoit. Korma
JIMTaH]Ibl THTETPUHOBBIX PEIENITOPOB CBI3BIBAIOTCS C MOJICKYJIaMU BHEKJIETOU-
HOTO MaTpHUKca, TO B JOMOJIHEHUE K TeH3uHY 1 KDA HabmogaeTcs akKymyJis-
IS PA3JIMYHBIX aKTHH-CBS3BIBAIOIINX OCIKOB, TAKMX KaK TaJIUH, O-aKTUHUH U
BUHKYJIUH. DochopriinpoBaHrEe TUPO3UHA, B CBOIO OUEPE/lb, BHI3BIBAET TAKKE
JIOTIOJTHUTENIBHYIO aKKYMYJISIIAIO, MO KpalHeu mepe, 19 TUINOB CHTrHaJIbHBIX
monekyn, cpeau kotopsix PJIC,, docharunumnosuton-3-kunaza, RhoA,
Racl, Sos, Grb2, Ras, Rafl, MEK1, ERK1/2, JNK (c-Jun N-tepMuHanbHas
KHMHA3a), U KOTOpbI€, BOBMOXHO, YYaCTBYIOT B JaJIbHEHIIIEH Niepeiaye curHasia
K snapy. Ecnu uMeer MecTo arperainusi HHTETPUHOB, CBSI3bIBAHUE MX C MOJICKY-
JlaMU BHEKJIETOYHOTO MaTpuKca U pocopuinrpoBanne TUPO3MHA, TO K YKa3aH-
HBIM BBIIIIE OCIKaM JT0OaBJISIOTCS MaKCUINH, (UIIaMUH U F-akTHH.
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FMABA 5. TPAHCIMOPT BELWWECTB YEPE3
BUOJTIOTMYECKUE MEMBPAHbDI

5.1. KNACCUDPUKALINA BUOOB TPAHCITOPTA BELLECTB
YEPE3 MEMBPAHDbI

CopeprkaHnue MOHATUA «MEMOPaHHBIN TPaHCTIOPT» POPMUPOBAIOCH BMECTE
C pa3BUTUEM MPEICTABICHUI O MEMOpPAHHBIX CTPYKTypax, 00ecreurBaOIINUX
TpaHcnopT BemiecTB. K HacTosieMy BpeMeHH YCTaHOBJIEHA CTPYKTYpa MHOTHX
O€JIKOB, y4aCTBYIOIIUX B TPAHCIOPTE BELIECTB Uepe3 MeMOpaHbl, UACHTU(U-
UPOBAHO OOJIBIIIOE YMCIIO MEXaHU3MOB TPAHCIIOPTA B KIIETKAX, pa3paboTaHBbI
TEOPETUUYECKHE MOJIEITH MEMOPAHHOTO TPAHCTIOPTA.

[Tna3maTuueckass MemOpaHa KJIETOK MPEACTABIAECT COOOW CENEeKTUBHOIPO-
HULIAEMBIN (TIOJYNPOHUIIAEMBI) Oapbep MEXKIy KIETKOM U BHEKJIETOYHOM
cpenoid. CeneKTUBHAS TPOHUIIAEMOCTh IJIa3MaTHYECKOM MEMOpPaHbI TTO3BOJISET
KJIETKE COXPAHITh MOCTOSHHOW BHYTPEHHIOIO cpeay. TpaHCHOPT BEIIECTB ye-
pe3 mMemOpaHbl sBIA€TCS M30MpaTelbHbIM. CKOPOCTh MEpPEHOCAa Pa3IUYHBIX
BEILECTB HE OJIMHAKOBA: OJHU BEIIECTBA MPAKTUYECKU HE MPOHUKAIOT, JPYTrHe
IPOHUKAIOT Yepe3 MeMOpaHy J0BOJIbHO Jerko. Takum oOpa3zom, MeMOpaHbI
00ecreurnBalOT COXPAHEHHWE KOHIIEHTPAIIMOHHBIX TPAaJUEHTOB U1 BCEX Be-
LIECTB BO BCEX KOMIIAPTMEHTAX KIIETKH.

Yepe3 meMmOpaHbl KJIETOK B 00OMX HANpaBiICHUSIX C Y4aCTUEM BCEX BO3-
MO>KHBIX MEXaHU3MOB OCYILECTBIIIETCS NIEPEHOC MHOTHUX BELIECTB, B TOM YHC-
ne: 1) noHOB (HampuMep, OJHOBAJICHTHBIX Na*, K*, CI", H*, HCO; , JIByXBa-
nenTHbIX — Ca®* ¥ Ipyrux THIOB HOHOB). TaKoi THIT TPAHCIIOPTA YACTO HA3bI-
BalOT MOHHBIM TPAHCIOPTOM; 2) MajbIX HEUTPAJIbHBIX U MOJSPHBIX HEOPraHU-
geckux Mosekyn (Hampumep, H,O, CO,); 3) ManblXx HEMOJNAPHBIX OpraHuYe-
CKHMX MOJIEKYJI (Hampumep, OeH307a); 4) OONBIINX HEMOISIPHBIX OPraHUYECKUX
MOJIEKYJT; 5) HE3apsLKEHHBIX OPraHMYECKUMX MOJEKYJ (Hampumep, TIIFOKO3bI,
caxapo3sbl); 6) OpraHM4ecKUX HOHOB; 7) OUOMOIMMEPOB (Hampumep, OEJNKOB,
PHK). Ilepenoc BemiecTB B mpoueccax 2—7 MHOTA Ha3bIBAIOT MOJEKYJISIPHBIM
TPaHCIIOPTOM.

TpaHCHOPT MAacCUBHBIX CTPYKTYpP WJIM MacCONEPEHOC OCYILIECTBISETCS B
nporueccax: 1) nmepeHoca 3aXBayeHHbIX 00BEMOB KUAKOCTU (TIpoliecC Ha3bIBa-
€TCS MUHOLMTO30M), 2) TpaHCIOPTa MaKpPOMOJIEKYJ B KJIETKH U U3 KIIETOK,
o0ecrieunBaeMblil crielMaIbHO (YOPMUPYEMBIMHU BE3UKYJIaMU (ITPOLIECCHI HAa3bI-
BaIOTCSl COOTBETCTBEHHO JHJIOIMTO30M M K30IIUTO30M), 3) 3axBara OaKkTepui,
BUPYCOB U psiia APYTUX YY>KEPOJHBIX CTPYKTYP B CHEIUANbHO (HOpPMHUpPYyEMBIE
BE3UKYJIbl U UX MEPEHOC B KIJIETKU (IIPOLIECC HA3bIBAECTCS (haroluTO30M).

Cpeau nepeHOCUMBIX Yepe3 MeMOpaHy BEIIeCTB MPUCYTCTBYIOT HEOOXOIH-
MbI€ JUIsl KIIETOK NMUTATENIbHbIE BEUIECTBA, PErYJISTOPHBIE U CUTHAIBHBIE MOJIE-
KyJbl U MOHBI, IPOJIYKTHI METa00JIM3Ma B KJIETKax. B KieTkax sykapuoT uMeeT
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MECTO TAKXKe TPAHCIIOPT BellecTB, Hampumep Oenxos, MPHK, Ca’*, AT®
BHYTpPb U HAPYKY B MEMOpaHax BHYTPUKIETOYHBIX KOMIIAPTMEHTOB, TAKUX KaK
AJIpO, SHAOIIA3MATHUECKUI PETUKYITYM, MUTOXOHJIPUHU.

Camas oOmrast kaccu(pUKaIus TPaHCIIOPTHBIX MPOIECCOB — ATO pa3zesieHue
UX Ha JBE IPyNIbl — OEJTOK-HE3aBUCUMOE B OEITOK-3aBUCUMOE JIBMIKEHUE MOJIE-
Ky depe3 Ouojiornueckne mMeMOpaHbl. He3aBuUCHMEBIN OT OEIIKOB TPaHCIIOPT
BEIIECTB Uepe3 MeMOpaHbl oOecreunBaeTcst (u3ndeckuM mnpoueccom — nuddy-
3UEN MOJICKYI.

benku o0ecrieynBarOT KOHTPOJb TPAHCIIOPTA PACTBOPEHHBIX BEILIECTB YEPE3
MeMOpaHbl KJIETOK, YTO CYIIECTBEHHO ISl MHOTHX (PM3HOJOTMYECKUX MPOLEC-
coB. MHTerpanbHbie O€IKH, KOHTPOJUPYIOIIHE MEMOPAHHYIO MPOHUIIAEMOCTb,
pa3zensoT Ha TPU Kjlacca — KaHaJIbl, HACOCHI U TPAHCIIOPTEPHI.

Kananel — memOpaHHbie Oeaku (MJIM OJUTOMEpPHBIE KJIAaCTEephbl), 0OECIeun-
BaoIIMe CHenu@UUecKrii TPaHCIOPT MOHOB WJIM HE3apSHKEHHBIX MOJIEKYJ B
HaIpaBJICHUH, TIPOTUBOIIOJIOKHOM HAIPABJICHHUIO IPAITUEHTAa XUMUYECKOTO WU
3JIEKTPOXMMHUYECKOT0 MOTEHIMala epeHOCUMbIX BemiecTB. K kaHamaM OTHO-
CSATCSl TAK)KE aKBaIlOPHHBI — OEJIKH, Yepe3 MOPbl KOTOPHIX MEPEHOCATCS MOJe-
KYJIBI BOJIBI.

Hacocsl sBisitorest pepmentamu (ATdazamu), yTHIN3UPYIOIIUMH SHEPTUIO
AT®, cBera u, U3penka, SHEPrUIO U3 APYTUX UCTOYHUKOB JUISI NTEPEMEIICHUS
MOHOB (Yallle KAaTUOHOB) U JPYIMX pacCTBOPEHHBIX BEIIECTB Yepe3 MEMOpPaHBI C
OTHOCHTENFHO HEOOJBIIMMU CKOPOCTSIMU B HAINPaBICHUU TPAJHUCHTOB XUMH-
YECKUX WUJITU DJIEKTPOXUMHUYECKUX MOTeHINANOB. OHM yCTaHABIMBAIOT KOHIICH-
TpPaAIMOHHBIC TPATMEHTHI MEXIYy MeMOPaHOCBS3aHHBIMA KOMITAPTMEHTAMHU.
OT0 mporiecc, 0003HaYaeMbIil KaK aKTUBHBIN TPAHCIIOPT, — IPUMEP COTPSIKEH-
Horo mnporiecca. [Ipomecc B nienom — ruaponn3 ATD u nBukeHre MOHOB B 00-
JacTu ¢ 6oJee BHICOKOM MX KOHIICHTPAIMEW — SHEPreTHUecKH BbirosieH. Haco-
ChbI 00ECIIeUnBAIOT MOICPKAHIE HU3KUX KOHIEeHTparmii noroB Na* u Ca’* B
MPAKTUYECKU BCEX KJIETKaX TKAHEH KUBOTHBIX, TEHEPUPYIOT HU3KUE 3HAUCHMUS
pH B mu30coMax KJIETOK )KUBOTHBIX U B BaKYOIISIX PACTUTENBHBIX KJIETOK H T. JI.
Tpancropt BemiecTB, 00eceYMBAEMBIA PA3TMUHBIMHA JK3EPTOHMUYECKUMU XH-
MUYECKUMH WU (POTOXMMHYECKUMHU PEAKITUSIMHU, HA3bIBACTCS TAKXKE MEPBHUY-
HBIM aKTHBHBIM TPAHCTIOPTOM.

TpaucriopTepbl — O€JIKH, KOTOPhIE 00ECIEUUBAIOT MACCUBHBIC MTyTH MPOXO-
KICHUS MOJIEKYJT PACTBOPEHHBIX BELIECTB Yepe3 MeMOpaHbl U3 00JacTel ¢ BbI-
COKOW KOHIIEHTpaIued B 00J1acT ¢ HU3KOM KoHIeHTpanuen. [Ipu kaxaom u3-
MeHEeHUU KoH(popMaIu O0eoK-TPaHCTIOPTEP TPAHCIOIUPYET Yepe3 MeMOpaHy
OINPEJETICHHOE YUCIIO MOJIEKYJI PACTBOPEHHOI'O BEIIECTBA. TpaHCHIOpPTEPBI MO-
ryT GYHKIIMOHUPOBATH MO0 0€3 HUCIOIB30BaHUS SHEPTUH, OOJIBITIECH MO BEIU-
YUMHE SHEPTruu TEIUIOBOrO JBIKEHUS (O0OJIeryeHHass WM OIOCpPEIOBaHHAs
muddysus), mu60 oOeceUnBaIOTCS TPAAUEHTAMH SJIEKTPOXUMHUYECKOTO I10-
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tenmuasa nonos H' u Na”.

[lepeHOCUMKM MOTYT Takke oOecreurMBaTh MyTHU JJIs MEpeMelleHus cyo-
CTpaTOB B HANpPABJICHUM T'PAJUEHTA KOHIIEHTPAIMHU, €CIU 3TOT MEPEHOC UIET
OJTHOBPEMEHHO C MIEPEHOCOM APYroro cyocTpaTa B HANPaBICHUH, IPOTHUBOIIO-
JIO’)KHOM HAIpPaBJICHUIO €T0 ANEKTPOXUMUYECKOTO TpaJiueHTa. Takue mporeccsl
YacTO HA3bIBAIOT BTOPUYHBIM AKTHBHBIM TpaHCHOpTOM. [JI0K03a — mpumep
cyOcTpara, KOTOpBI MOXET MEPEHOCUTHCS B HampaBlIeHUH 00JacTei Kak C
OonplIe, TaK W C MEHbLIEH KOHIEHTpauusamu. Hampumep, TpaHcmoptep
GLUT1 oOecrnieunBaeT mepeHOC TITIOKO3bI U3 IJIa3Mbl B SPUTPOLIUTHI, B KOTO-
PBIX KOHIIEHTpalus roKo3bl Huxke. C npyroi ctoponsl, Tpancnoptep SGLT1
HCIIONb3yeT rpagueHT nonos Na', ycranasmusaemslit AT®azamu, 171s epeHo-
ca TJII0KO3bl B HAMPABIICHUHU TPAJIMEHTA €€ KOHIEHTPALIUH.

Mopnenu yHUNIOpTa, CUMIIOPTa U aHTUIIOPTA CTPOSITCS MOJIOOHBIM 00pa30M.
YHumnopteps! (MepEeHOCUUKH) UMEIOT OJTHO MECTO CBS3BIBAHMS, & CUMIIOPTEPHI
(KoTpaHCIIOPTEPHl) U AaHTUIIOPTEPHI (OOMEHHHKH) — HECKOJIBKO MECT CBS3bIBa-
HUS, KOTOpPbIE DKCIMOHUPOBAHBI K BHEKJIETOYHOW WM BHYTPUKIETOYHOU Cpe-
Jam.

Hebonpimoe 4mcio TpaHCHOPTEPOB XapaKTepU3yeTcs Oojee CIOKHBIMU
GyHKIUSAMH, YeM 5TO yKa3aHO B kiaccudpukauuu. [Ipumep — TpaHcmopTep
HEHPOTPAHCMUTTEPOB, 00ECIICUNBAIOIINI OJHOBPEMEHHO KaK aHTHUIIOPT, TaK U
cumnopt Na* u Cl” B oJjHOM HanpaBlieHUHU U HePOTPaCMUTTEPA — B IPYTOM.

Bce Tpu kiacca TpaHCIOPTEPOB HCIOIL3YIOT MOJOOHBIE MEXaHU3MBI IS
nepeHoca cyocTparoB yepe3 MmeMOpanbl. TpaHcropTepbl GyHKIIMOHUPYIOT TO-
n00HO (hepMeHTaM: CHayaia CBS3BIBAIOT CyOCTpaThl C OAHOW CTOPOHBI MEM-
OpaHbl, TOJBEPraroTCs KOHPOPMAIMOHHBIM HU3MEHEHHSIM, KOTOphIE TEpeopu-
SHTUPYIOT MECTO CBSI3BIBAHHS M BBICBOOOXKIIAIOT CyOCTpaT Ha MPOTUBOIOJIO K-
HOUM cTopoHe MemOpaHbl. KoHIeHTpanuu cyOcTpaToB 1o 0OE€MM CTOpPOHAM
MeMOpaHbl OTNPEACIISIOT HAlpaBJIeHUE MOTOKOB BEIIECTB 4yepe3 MeMOpaHbl. B
3aBUCUMOCTH OT TOTO, SIBJISIETCS JIU TPAHCIIOPTEP YHHUIIOPTEPOM, aHTHIIOPTE-
POM HJTH CUMIIOPTEPOM, MEHSIETCSI TOJIBKO YHCIIO MECT CBSI3bIBAHUS CyOcTpaTa
Y TIOCTOSIHHAS PAaBHOBECHS JIJISl PA3IMYHBIX THUIIOB TPAHCIIOPTEPORB, MEPEOPHECH-
TUPYIOLUXCS Yepe3 MeMOpaHy. PeanbHas cKOpOCTh TpaHCHOPTa 3aBUCHUT OT
KOHIICHTpAIUU CyOCTPaTOB.

CpaBHUTENBHBIN aHAIM3 CKOPOCTEH TPAHCIIOPTA HOHOB PA3IMYHBIMUA TPAHC-
MOPTHBIMU CHCTEMaMH TpejacTaBiieH Ha puc. 5.1. CymecTByeT HENbIi psa
TPAHCTIOPTHBIX MEXAHU3MOB, KOTOPhIE MOXKHO Pa3CiUTh Ha CICIYIOIIUE OC-
HOBHBIC KaTeropuu: mpoctas auddysus, obmerdennas nuddysus, dIeKTpo-
nudy3us U aKTUBHBINA TPAHCTIOPT.

B Tabn. 5.1 mpuBenmeHbl CpaBHUTENbHBIC XapPaKTEPUCTHUKU Pa3IAYHBIX
MPOIIECCOB TPAHCIIOPTa BEMIECTB uepe3 MmeMOpanbl. Obnerdennas nuddysus B
OTIWYME OT MPOCTOr MUPPy3uu XapakTepu3yeTcs XUMHUECKOW crenudpud-
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HOCTBIO U HACBIIIIAEMOCTBIO.
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Puc. 5.1. CxopocTb nnepeHoca HOHOB Yepe3
MeMOpaHy TPaHCIIOPTHBIMU OelKkaMHu (BBEPXY)

Y MEXaHU3MbI TpaHCTopTa (BHU3Y)

HOHOB M MAJIBIX MOJIEKYJI Yepe3 MeMOpaHbl

Tabauya 5.1

CpaBHHTeIbHASI XapAKTEPHCTHKA MEXaHU3MOB TPAHCIIOPTA

Tun Huddysus | ObneruenHas OnexTpo- IlepBuunbIi Bropuunsii
TpaHcropTa muddyzus T y3us AKTHBHBIN AKTHBHBIN
TPAHCIIOPT TPaHCIIOPT
Hanpagne- Ot Boicokux | Ot BbicOKUX | OT BhIcOKUX | OT HM3KHX OT HUBKHX
HUE MTIOTOKA | KOHLEHTpa- | KOH- KOHIIGHTpa- | KOHILIEHTpa- | KOHIIEHTpa-
BEILlECTBA U K HU3- LEHTpAIUH K | [IUH K HU3- AU K BEICO- | IIUH K BEICO-
KUM HU3KUM KHM KUM KHM
Tpancnopr- | Her [Tepenoc- Kananet Hacocsr OOMeHHUKH,
HBIE CHCTe- YUKH KOTpaHCIOp-
MBI TEPHI
Hacermae- Her a Her [a Ha
MOCTh
Hcnonb30- Her Her Her a Her
Baue dHEp-
ruu ATO
[Tpumepsr 0O,, CO,, I'moxo3a, Na", K, H*, Na", K*, | UousI u ca-
BEILIECTB JKUPHBIE KU- | aMUHOKHC- Ca2+, Cl, Ca2+, JUNU- | Xapo3a,
CJIOTHI JIOTBI BOJIA BT TJIFOKO3a U
AMUHOKHC-
JIOTHI
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5.2. ANODY3UA BELLECTB YEPE3 MEMBPAHY

5.2.1. ndcpy3ua BewecTs B pacTBope

dyHaaMEeHTATbHBIM [IPU3HAKOM BCEX OPraHU3MOB sIBiseTCA 3(()EKTUBHBIN
TPAHCIIOPT PACTBOPEHHBIX BEIIECTB U pacTBOpUTENsA. Takol TpaHCIIOPT HEOO-
XOOUM JJi1 OOecleyeHusl KIETOYHOro MeTadosii3Ma, TEeHEpaluyd SHEpruu,
TPAHCIYKIUU CUTHAJA U T.II.

MHorue BeniecTBa nepecekaroT MeMOpaHy MacCUBHO, T. €. IBUXKYTCS B Ha-
MPaBJICHUH, KOTOPOE OMpeensieTcss HabopoM (U3UYECKUX YCIOBUM, XapaKTe-
PU3YIOIIMX BHYTPEHHIOIO M BHEIIHIOW CPeNy KIETKH, TAKMX KaK KOHIIEHTpa-
U1, TUAPOCTATUUECKOE JABJICHHE, SJIEKTPUUECKU noTteHuran u ap. Ilaccus-
HBIA TpaHCTIOPT OyJeT UMETh MECTO B JIIO0OW cuUcTeMe, B KOTOPOU pacmpee-
JIEHUE BEIEeCTBA OTIMYAETCS OT pacHpelesieHuss NpU TEPMOAMHAMUYECKOM
paBHOBECUHU (HAIPUMEP, MEXKIAY BHYTPHU- U BHEKJIETOUHBIMU (ha3amu).

Juddy3us obecrieunBaeT mepeHoOC BEUIECTB B HAIPABICHUU, MPOTUBOIO-
JIO’)KHOM HalpaBJICHUIO IPaIi€HTa KOHLIEHTPALUU, T. €. U3 00JacTeil ¢ BbICO-
KON KOHIEHTpaluel B 00JIaCTU ¢ HU3KOW KOHIIEHTpalMeld pacTBOPEHHBIX Be-
MIECTB. DKCIIEPUMEHTAJIbHbIE HAOIIOACHUS MOKA3bIBAIOT, YTO HEOOXOAMMbBIM
YCIOBUEM CyIIeCTBOBaHUS Tu((y3un sBISETCS HEOJHOPOJIHOE pacipenese-
HUE MOJIEKYJ B pacTBOpe (HaJnyue 00jacTeil ¢ pa3HOl KOHILEHTpaluel Mose-
kyn). CnenoBarenbHo, npu JUpGy3und MOKHO TOBOPUTH O MOTOKAaX BELIECTBA
U3 OJHON oOnacTtu pacTBopa B JApyryro. Eciu KOHIEHTpalusi BellecTBa IO
BCEMY 00bEMY OJMHAKOBA, TO HAMPABICHHOIO IMEpPEMELIECHUSI BEILECTBA HE
NPOUCXOAUT. MOJIEKYJIbl COBEpPIIAIOT Ciy4ailHble OJyXAaHHs, OJHAKO YHCIIO
MOJIEKYJI, IBM)KYLIUXCSI B Pa3HbIX HANpPaBJICHUSX, OJUHAKOBO, U CyMMapHBIH
MOTOK BEIIECTBA PABEH HYJIIO.

KonruecTBEHHON XapaKTEpUCTUKON JBUKEHUS BEIIECTBA CIIYKUT BEIUYH-
Ha, Ha3bIBaeMas AUQPPy3noHHBIM ToTOKOM. [{uddy3nonnsiii motok J(X,t) pa-

BEH YHCIIy MOJIEKYJI BEIIECTBA, IPOXOAAIIMX 3a €AUHUILY BPEMEHHU 4Yepe3 eau-
HAYHYIO IUTOIIAAKY, NEPIEHAUKYISPHYIO HAPABICHUIO MOTOKA.

CBs3p MEXIy MOTOKOM M KOHLEHTPALMEN BEIIECTBA B PACTBOPE YCTAHAB-
JMBAeTCA NEPBBIM 3aKOHOM Puka (IPUMEHUM TOJBKO IJIs pa30aBICHHBIX pac-
TBOPOB):

J(x, t):—DM, (5_1)
oC(x)
rae D — koappunuent auddysun mMonekyn B pacTBope, BeTUUYHHA o
X

KOHHGHTp&LIHOHHBIfI I'paduCHT BCIICCTBA B HAIIPpAaBJICHHH OCH X. OTpI/II_IaTeJ'IL—
HBI 3HAaK B YPAaBHCHHUH O3HA4YACT, YTO IIOTOK BCCTa HAIIPaBJICH B CTOPOHY
YMCHBIICHWA KOHICHTPAIUNU BCUICCTBA.
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Jlns pazbaBiieHHBIX pacTBOpoB KodpdunmeHT nuddy3uu D He 3aBUCUT OT
KOHIIEHTpaI[Mu paCTBOPEHHOTO BeliecTBa. B To e Bpems kodpduumeHt aud-
by3un 3aBUCHUT OT TeMIepaTyphl, JaBjieHus, GopMbl u pazmepoB auddyHIu-
PYIOIIMX MOJIEKYJI, @ TaKK€ OT MOJICKYJIIPHBIX CBOMCTB Cpe€lbl, B KOTOPOH
umeeT Mecto nuddy3us (Hanpumep, BI3KOCTB).

Y CTaHOBIEHO, YTO JIsI OTHOCUTENIBHO OOJIBIINX MOJIEKYJN MPH MOCTOSHHOM
TEMIEPAType UMEET MECTO COOTHOIIICHHE

const

™

D3M =const, nm D= (5.2)
rne M — MoJeKyJsipHas Macca.

[Ipu mepememnieHUN 4Yepe3 MEMOpaHbI MOJICKYJIBI BEIIECTB MEPEXOIAT W3
BOJIHOHM Cpenbl B IUMUAHYIO a3y, a 3aTeM H3 JHUMHIHOTO OMCIIOSN — OMSThH B
BOJHYIO cpeny. PU3NKO-XMMHUECKHE CBOMCTBA OKPY)KCHHS MOJIEKYT B ITHX
cpenax pas3nyaroTcsa. BakHeHmen XapakTEpUCTUKON NMPHU aHAIA3€ MEXaHU3-
MOB JBM)KCHUS MOJIEKYJ B TAKUX CHUCTEMaXx SIBIISIETCS PACTBOPUMOCTD MOJIEKYI
B pa3nuYHbIX (azax.

[Tpu paBHOBECHH YaCTHIIBI BEHIECTBA PACHPEICICHBI MEXKIY JTUIUIHON H
BoAHOW (azamu. Eciam 00o3HauuTh yepes C; u C; KOHUEHTPALMU YACTHIL B
nepBoit U BTOpO#t (hazax, To ko3pduuueHT pacmpeneneHuss K dactuil 000
dbopmMbl Mex Ay TIepBOi U BTOpOi azamu OyeT paBeH:

C AG A(cl—cz)
k==2=¢ RT =g RT (5.3)
Cl
rne A — IIomaas MOBEPXHOCTH YACTULIBL, Gp, G, — BEJIMYUHBI IIOBEPXHOCTHOIO

HATSOKEHUs Ha TpaHULax pasnenoB yactuua — (aza 1 u vacruma — daza 2
COOTBETCTBeHHO. Benmumna K — dyHkuus temreparypbl W BeauuuHbl AG,
KOTOpas omnpeaenseT padoTy, COBEpUIAEMYIO MPHU MEPEHOCE YACTHI] U3 OJHOU
¢dasbl B IpyTyIo.

DKCNEepUMEHTAIBHO ONpeNeauTh KodDPUIIMEHT pachpenereHus] BelecTna
MEXy JIMIMMIHOW W BOAHOM (pazaMu MOXKHO cieayrommuMm odpazoMm. B cocyn
MOMEIIIAI0T Macjio, BOAY M BEIECTBO I, 3aT€M CMECh TIIATEILHO MepeMEIInBa-
0T U 0KUJAI0T HEKOTOPOE BpeMsl JJIsl yCTaHOBIIEHUs paBHOBecHs. C TeueHrneM
BpEMEHU B cocyie ¢popMupyercst MexdasHasi rpaHuIla Maciio — Boja. Bemect-
BO OKa3bIBaeTCs pacnpeleleHHbIM B JIByX (azax. OmnpenenuB KOHIIEHTPALIUIO
PaCTBOPEHHOTO BEIIECTBA B BOJIC M B Macjie, MOXKHO HalTH KO3 UIIMEHT pac-
npenesieHus. Ecnu KOHILIEHTpalMd pacTBOPEHHOTO BellecTBa 0O03HAYUTH B

cioe macna kak G

, a B cioe Boabl — C° | To koaddumueHt pacnpeere-
HMs k; BEIIECTBA | Onpeaensercs no Gpopmyiie
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Macio
— Ci

(5.4)

i~ < poma °
Ci

Ecnu BemecTBO XOpomio pacTBOpUMO B Macie, Toraa K> 1, mpu ciaboit
pacTBOpUMOCTH BemiecTBa B Maciie K <« 1.

5.2.2. Andbchy3unsa BewecTBa Yepe3s MeMopaHy

[Tpouecc auddy3un BemecTs yepe3 MeMOpaHy, HaIPUMEpP B KIIETKY, MOXKET
OBITh pa3/ielieH Ha HECKOJbKO CTaJIWi: PacTBOPEHHE BEIECTBA B MeMOpaHe,
muddy3us yepe3 Hee, BXO BEIIECTBA B KJICTKY U HAKOIUICHHE B KiIeTKe. Takast
Mozenab AUQQY3UN OMUCHIBACTCS TEOpPHEH «pacTBOpeHHs — AUPPYy3un», co-
TJIACHO KOTOPOW MOJIEKYJIBI PACTBOPEHHOTO BEIIECTBA CHAuYanda PacTBOPSIOTCA
B MeMOpaHe, a 3aTeM TuGhyHIUpYIOT Yepe3 Hee.

B pamMkax naHHOI MoJeNH MpEeAronaraeTcs, YTo Ipy CTallMOHAPHBIX YCIIO-
BUSIX TIOTOK J; OJTMHAKOB I10 BCEH TOJIIIMHE MEMOpPaHbl U paBeH

50=R(CO-CV), (5.5)

rae CF(t)— xKoHumeHTpamus BemecTsa i BHyTpH KieTkH, C(t) — KoHmeHTpamus
BEIIIECTBA | CHAPY)KU KJICTKH, a BeinunHa Pj, paBHas
_ Diki
==

Ha3bIBaETCS KOAI(P(GULIHUEHTOM MPOHUIIAEMOCTH WUIIM MPOCTO MPOHUIIAEMOCTHIO.
Di — koapdunmenT muddys3un MoieKy BemecTsa | B pactBope, d — TonmmHa
MeMOpaHBbI, ki — KOOQPUIIMEHT pacTpeie/ICHHs BENIeCTBa .

Bripaxxenue (5.5) HazbiBaeTcs mepBbIM 3akoHOM Duka ajis MeMOpaH U xa-
pakTepu3yeT CTalMOHApHBIN MOTOK BEIIECTBA Yepe3 MeMOpaHy Ha MaKpOCKO-
nu4eckoM ypoBHe. Takum 00pa3om, TpaHCIIOPT BEIIECTBA uepe3 MeMOpaHy 1o
Tupdy3MOHHOMY MEXaHU3My WJET B HaIlpaBJICHWHU, MPOTHUBOIIOJIOKHOM Ha-
IPABJICHUIO TpaJlieHTa KOHIEHTpAluu BeulecTBa. Takoi TUIl TpaHCHOpTa 4e-
pe3 MeMOpaHbl Ha3bIBaeTcsl maccuBHOM nuddysueit. Ecau Py Benuko, To MeM-
OpaHa XapaKTepU3yeTCs BBICOKOM MPOHUIIAEMOCTBIO NJIi PACTBOPEHHOIO Be-
mectBa i. Ecau Pi= 0, To MeMOpaHa HenpoHHIIaeMa Jijisl paCTBOPEHHOT'O Bellle-
cTBa .

BonopacTBopuMBbIe MOJIEKYNBI XapaKTEpPU3YIOTCS OY€Hb HU3KUM K03(PPu-
LUEHTOM paCIpeAeNIeHUs B YIJIEBOJOPOAHOM UHTEPhEPE JIMIUIHBIX MEMOpaH.

P (5.6)

Hampumep, g rimroxossl K ~5.10%°. Ko» UIACHT IU 3UU TJIIHOKO3BI
pumep o Y

—7
B MmeMOpane D, mpumepno B 100 pa3 MeHbIle, 4eM B Boje, U paBeH 0,67-10
cm?/c. TakuM 00pa3oM, POHHIAEMOCTH TIFOKO3bI Yepe3 JIMMHIHBI OHCIOl
(17151 yrIeBOAOPOTHOTO CJI0SI MeMOpaHbI, TOJNIIUHON 3 HM) OyIeT paBHa:
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P =(5-1o—1°)-(o,67-10—7CM2/C)/(3.10—7CM)z1o—1°<:M/c.

OTcroma ciemyer, 4To €ciliu B LIUTO30JIe KJIETKH, JUIsi MEMOpaHbl KOTOPOit
XapaKTEepHO TaKOE K€ 3HAaYeHHWE IMPOHMIIAEMOCTH, IJII0KO3a OTCYTCTBYET, a
CHAapy’K{ MPUCYTCTBYET, TO OJMHAKOBAsI KOHIICHTPAIUS TIIOKO3bI M0 00€ CTO-
POHBI MeMOpaHbl ycTaHOBUTCS TpuMepHO 4yepe3 100 nueit. B otimyne ot Bo-
JIOPacCTBOPUMBIX BEIIECTB MOJIEKYJIbI BEIIECTB, /Ui KOTOPBIX XapakTepHa BBI-
COKas pacTBOPUMOCTH B JIMITUIAHOM OHCIIOE, UMEIOT BBICOKOE 3HaYCHHE KOd (-
¢unrenTa NpoOHUIIAEMOCTH depe3 MeMOpaHbl. Hanpumep, abIxaTelnbHbIe ra3bl
KUCJIOPOJ M YTJIEKUCIBIN Ta3 UMEIOT KO3PPHUIUEHT pacipeneseHus 6omipiue 1,
M03TOMY MX NPOHHIAEMOCTh mpuMmepHo B 10 pas Gomble, YeM TTIOKO3BI.
CrnenoBaTenbHO, HAIMYME MEMOpaHbl [l BXOJAA 3TUX BEIIECTB B KIETKY WIIH
JUTS BBIXOJIA U3 HEE MPAKTHUECKH 3HAUCHUS HE UMEET.

5.3. OBJIEMT'YEHHbIVA TPAHCIMOPT BELLECTB
YEPE3 MEMBPAHbLI

5.3.1. O6neryeHHas aucpdy3usa

Oo6neruennas aud@ys3us (00JETYEHHBIA TPAHCIIOPT) — TUI TACCUBHOIO
TpaHCIIOPTA, TAK)Ke KaK M aKTUBHBIA TPAHCIIOPT W TPAHCIIOPT MOHOB, IMMPOMCXO-
JIUT C 00s13aTEJIbHBIM Y4acTHEeM OEJIKOB.

TparcnopT yepe3 KIEeTOYHbIE MEMOpaHbl MHOTHX BEIECTB (HaIpuMep, Mo-
HOCaxapuJ0B, MOHOHYKJIEOTHUIOB, aMUHOKHUCIIOT, ¢hochaToB, MOYEBON KUCIIO-
ThI) oOecreunBaeTcsl OekaMu-repeHocunkamu. [lepeHocunk CBsI3bIBAET MOJIE-
KyJIbl PACTBOPEHHOT'O BEIIECTBA C OJIHOM CTOPOHBI MEMOpaHbI, 3aT€M TPaHC-
MOPTUPYET uepe3 MeMOpaHy Ha JPYTYIO CTOPOHY, /i€ OHU BRICBOOOKIAFOTCS.

[Ipu oGnerdennoit nuddy3um Kaxmas MoJeKyna OelKa-TepeHOCUrKa
TPaHCJIONUPYET OJHY MOJICKYJTY IEPEHOCUMOTO BEIECTBA.

TpancnopT, OCYIIECTBISEMBIN IEPEHOCYUKAMH, UMEET PSIJT OTIMUYUTETbHBIX
YepT:

1. 3aBUCUMOCTh MOTOKa PACTBOPEHHOT'O BEIIECTBA OT €r0 KOHIIEHTpaIluu
BBIXOJIUT Ha HACHITICHHUE. TPaHCIIOPT OCYIIECTRISICTCS OTPAaHUYCHHBIM YHCIIOM
MoJIeKyJ TiepeHocunka. CiaeoBaTeNbHO, CYIIECTBYET MAKCUMAILHOE 3HAUCHHE
CKOPOCTH TpaHCIoOpTa Vimax, KOTOPOE JOCTUTAETCS, KOTAa KOHIICHTPAIIMOHHBIH
TPaIyeHT Yepe3 MEeMOpaHy OYCHb BEJIUK W KaKIBIH MEPEHOCUYNK (PYHKITMOHHU-
pPYET C MAKCUMAaJIbHOU CKOPOCTHIO.

2. CKOpOCTh TpaHCIOPTa BEIIECTBA MIEPEHOCYMKOM B MEMOpaHe BBIIIIE, YEM
CKOPOCTHU pacTBOpeHus u qudPy3un B MeMOpaHe pacTBOPEHHOTO BEIIECTRA.

3. OO0JerdyeHHbIi TPAaHCIOPT 0O0CCIICYMBACT MEPEHOC PACTBOPESHHOIO BEIIC-
CTBa IPOTUB IPAIUCHTA €0 KOHIICHTPAIIUH.

4. O6neryeHHbIN TpaHCTIOPT — cybcTpaTocnenuduydeH. CKOpoCTH mepeHoca
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nake OJM3KUX MO CTPYKTYpe BEUIECTB 4yepe3 MeMOpaHbl MOTYT CHIIBHO pa3iiu-
yarbcs. Kaxkaplil yHUIIOpTep TPaHCIIOPTUPYET TOJNBKO OMpPEesIeHHbIN THII MO-
JEKYIL.

5. 3a MecTa CBSI3BIBaHUS C MOJIEKYJaMH TPAaHCIOpTEpa MOTYT KOHKYPHPO-
BaTh HECKOJBKO TUIOB MEPEHOCUMBIX MOJIeKya. Hanmpumep, nBa Tuia MoHoca-
Xapul0B — IJIOKO3a U cop0o3a KOHKYPUPYIOT 3a CBSI3bIBAaHME C OEJIKOM-
TPaHCHOPTEPOM CaxapoB.

6. OOneryeHHbIM TPAHCIOPTOM MOKHO YIPABIIATH, HAPUMEP, UCIIONb3YS
dapmakonornyeckue (Hampumep, HUToxanasuH B) 1 ropMoHanbHBIE BEIIECTBA
(Hanpumep, UHCYJIUH).

5.3.2. [NepeHOCUYUKN IMIOKO3bI

Knaccrueckne 3KCEpUMEHTHI 10 M3YYCHHIO TPAHCIIOPTa D-TJIFOKO3BI BHI-
noJiHEeHbI B 1950-X IT. ¢ ma3MaTH4ecKUMU MEMOpaHaMU SPUTPOLIUTOB. DPUT-
POIIMTHI KPOBH YEJIOBEKA yI0OHO MCIOIB30BaTh, TAK KaK MX MEMOPAHBI COAC-
)KaT BBICOKHME KOHIIeHTparuu nepenocunkoB GLUT1. BpemenHas 3aBUCUMOCTh
aKKyMYJIAIHN TIIIOKO3BI B O)pUTPOIIMTAX [TOKa3aHa Ha puc. 5.2 (kpusas 1).

L0

250 (—Uzvmax

3

o s——— N T T T
0 1T2 3 456 7 8 910111213 14

K Hauanshas KOHIICHTpAallWA I''TIOKO3bI, MMOJIB/JT
m

CKOpOCTB MOTIIOMICHHA TITFOKO3bI, MKMOJIB/JT Yac

Puc. 5.2. 3aBucuMoCTh Ha4aJIbHON CKOPOCTH MTOTJIOMIEHUS D-TIIFOKO3bI
KJIETKAaMH IIPH PA3JMYHBIX 3HAYCHHSAX BHEIIHEW KOHLUECHTPALMU YIIIEBOA:
1- sputpounrtamu ¢ yaactuem GLUT1L, 2 - kiieTkamMu niedyeHu ¢ y4acTHeM
GLUT2, 3 - paccunTanHas 3aBUCUMOCTb JIJIsl TACCUBHOM nuddy3un yepe3

hochomumumHbI OncIoN

Ha sTom ke pucyHke mpejcTaBieHa 3aBUCHMOCTh HAKOTUICHHSI TJIFOKO3BI B
KJIeTKaxX TIeYeHU, B MeMOpaHaX KOTOPBIX DKCIPECCHPOBAH TPaHCIOPTEP
GLUT2 (xpuBas 2). B 3Tux skcnepuMeHTax HadajlbHas KOHIICHTPAIUS TIIFOKO-
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3bl B KJIE€TKaX ObliIa paBHa HYJIO, TAKUM 00pa3oM, KOHLIEHTPALMOHHBINA Tpaju-
EHT uepe3 MeMOpaHbl KJIETOK ObUI paBeH BEIMYHMHE KOHIIEHTPALMU TIIFOKO3BI
BHe kieTtok. Ha puc. 5.2 (kpuBas 3) mpuBeleHa TakKe KpuUBash HAKOIUJICHUS
TJIIOKO3BI B KJIETKE, paCCUUTAaHHAs JJI MacCUBHOMN nudPy3un yepes3 JIUIMUTHBINA
OMCIION C y4eTOM PacTBOPUMOCTH IIFOKO3bI B JIMIIUJIHOM Oucioe. TpaHcnopre-
PBI .TJIFOKO3bI 3HAUYUTEIBHO YBEJIMUMUBAIOT CKOPOCTh €€ TPAHCIOPTa YEPE3 MEM-
OpaHbI MO0 CPAaBHEHUIO CO CKOPOCTHIO MAacCUBHOM nuddy3un.

[TocnenoBaTenbHOCTH COOBITHI MPU OJHOHAINPABIECHHOM TPAHCIOPTE TIIIO-
k036l yHUTIOpTepoM GLUT1 u3 BHEWIHEH U1 S3pUTPOILIMTOB CPEbl B IIUTO30JIb
MPOMJUTIOCTPUPOBAHA Ha pUC. 5.3. MoJieKyna NepeHOCUMKa MOKET HaXOAUThCS
B OJIHOM U3 ABYX KOoH(popmaruii: B ogHol koHbopMmanuu (1, 2 u 5) MecTo CBs-
3bIBAHMSI MOJIEKYJIBI TJIOKO3bl HAXOJIUTCA C BHEUIHEH CTOPOHBI MEMOpAaHBI, B
apyroi (3, 4) — MecTO CBSI3bIBaHUS TIIFOKO3bI OTKPHIBACTCS K IIUTO30J110. CBsI-
3bIBAHUE TJIIOKO3bl CHapyXkH (cocTossiHusA 1 u 2) uHAyuupyer KoH(pOopMaluoH-
HOE M3MEHEHHE MOJIEKYJIbI IEPEHOCUUKA (COCTOSIHUSA 2 U 3), 3aT€M IPOUCXOAUT
HepeMEeIEHNEe MOJIEKYJIbl TJIIOKO3bl 4epe3 nepeHocuuk (cocrosiHue 4). [pu
O0CBOOO0XKIEHUH MOJIEKYJIbI TTFOKO3bI IPOUCXOIUT BO3BPAT MOJIEKYJIbI IEPEHOC-
YUKa B UCXOJHOE KOH(pOpMalMOHHOE cocTosiHuE (4—5). Monekyna nepeHoc-
YUKAa MOXET Y4acTBOBaTh B HOBOM IIMKJIE MEPEHOCA TIIIOKO3bl B KIEeTKy. Eciu
KOHLIEHTpAIMs [JIFOKO3bI B KJIETKE BBILIE, YEM CHAPYX U, EPEHOC IITIOKO3bI Oy-
JIET HJTH B IIPOTHBOITOJIOKHOM HarpaBieHUH (UK 4—1).

& I'moxosa
CBsizaHHasa K034
)
P HI/[TO?:OJ'[]::’-
b 2 3 4 5

Puc. 5.3. Cxema TpaHCHOpTa IIIOKO3BI

Kunerndeckue ypaBHEHHs CBSI3BIBAHHMSI TPAHCIIOPTEPOM MOJIEKYN MEPEHO-
CHUMOI'0 BEIIECTBAa aHAJOTUYHBl YPAaBHEHUSM CBSI3bIBaHUS cyOcTpaTa (epMeH-
toM. O603HaunM niepeHocunk cumBosioMm GLUTI, a mepeHocuMoe pacTBOpeH-
Hoe BemiecTBO — C. Bo3bMeM B KauecTBE MEPEHOCHMOTO BELIECTBA TIIIOKO3Y.
[Tpornecc mepeHoca COOTBETCTBYET YETHIPEM CTAIUSIM TPAHCIIOPTA BEILIECTBA 1O
MeXaHu3My o0siedeHHON Tudy3un: CBSI3bIBAaHUE Y OAHON MOBEPXHOCTU MOJIE-
KYJIbI TJIFOKO3bI MOJIEKYJION MEepeHOCUrKa, TPaHCIOKalus (TpaHcnopT) oOpa3o-
BAaBIIIETOCSI KOMILIEKCAa TIEPEHOCUYHUK — TIIOKO03a K JAPYroil MOBEPXHOCTH MEM-
OpaHbl, TUCCOLMAIINS MOJIEKYJIbI TJIFOKO3bI U3 KOMILJIEKCa (BBIXOJ B PacTBOp),
KOH(GOPMAIIMOHHOE U3MEHEHHUE MOJIEKYJBI TIEPeHOCUMKa (B UCXOHOE COCTOSI-
HUE).
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By,Z[CM CUUTaTb, 4YTO MCPBOHAYAIBHO TIJIIOKO3a IMPUCYTCTBYCT TOJBKO CHa-
PYXKH KIICTKH M €€ KOHOCHTpAIWA paBHA CC. B sTom CJIy4ac€ MOXHO 3aIlliucCaTb

peaknuio nepeHocYnk-cyocrpar, Hanpumep ¢ GLUTL, B Buze:
C.+ GLUT1+= xomnrexc(GLUT1-C) =C, + GLUT1,

rac CB— KOHOCHTPAUWA TI'JIFOKO3bI B KIICTKAX. KOHCTaHTy o6pa3013aH1/1;1 KOM-
IUICKCA IMCPCHOCYUK — CY6CTpaT 0603Ha‘1HM, KaK Km . Torz[a B COOTBCTCTBHUHU C

ypaBHeHUEM Muxasnuca-MeHTeH Il CKOPOCTH TPaHCIoOpTa OyeM UMETh BbI-
pakeHue

Voo 5.7)
1+ K, /C,

rae V.. — MakcHMallbHas CKOPOCTb TpaHCHOpTa cyOcTpara B KIETKH. Mepoil
CpOJZICTBAa TpaHCIOpTepa K ero cyocTpaty sBisiercss K — KOHLEHTpauus cyo-

cTpaTa, MpU KOTOPOW CKOPOCTh TPAHCIIOpTa CyOCTpara paBHA IOJIOBHHE MaK-
cCUMaJbHOM ckopocTH. UeM MeHbIe 3HaueHne K, TeM mpodyHee CBA3BIBACTCS

cyOcTpaT ¢ MepeHOCYUKOM M TeM 00JIbIlle CKOPOCTh TPaHCIIOpTa cyOcTpara.
K, st GLUTI, tpancnopTupyomero riroko3y B 3pUTPOLMTAaX, paBHA

1,5 mmons/n. [Ipu Takoil KOHIEHTpAUU MTIOKO3bl IPUMEPHO MMOJOBUHA MOJIE-
KyJI IEPEHOCUYHKA, JIJIsI KOTOPBIX MECTa CBS3BIBAHMUS TIIFOKO3BI HAXOSITCS CHa-
PYXH KIETOK, OyIyT HAXOAUTHCSA B CBSI3aHHOM C TJIOKO30H coctosiHuu. Kon-
LEHTpAaLMs III0KO3bl B KPOBU OOBIYHO paBHA 5 MMOJb/J, unu 0,9 r/mutp. Ilpu
ATOM KOHIIEHTpaIMu OKoJIO 77 % MOJEeKysd MepeHOCUrKa TIIOKO3bl OT UX 00-
IIETO YKCia B IpUTPOIUTaX OyayT PyHKIIMOHUPOBATH C MAKCUMAaJIBLHOW CKOPO-
CTBIO Vinax.

Pesynbrupyromuii Tpancnopt TpeOyeT KOHUEHTPAlMOHHOTO TpaJueHTa, U
TaK KaKk KOH(pOPMAIlMOHHOE U3MEHEHHUE, KOTOPOE MEPEOPUEHTUPYET MECTa CBSI-
3bIBaHMSI CyOCTpara, sIBISIETCS OOpaTUMBIM, TO CyOCTpaT MOXKET JIBUTAThCS B
ar060M HarpaBieHnd. CKOpoCTh JBUKEHHsI CyOCTpaTa 3aBHCUT OT CKOpPOCTEH
o0Opa3oBaHUs KOMIUIEKCA CyOCTpaT — MEPEHOCUYHK Ha 00erX CTOpOHAaX MeMOpa-
Hbl. CKOPOCTH 3THX peaklMil MPSAMO 3aBUCAT OT KOHLIEHTpanui cyocrpara. Ta-
KM 00pa3oM, MeCTa CBSI3bIBaHUS MEpPEHOCUMKa Ooyiee 3aHSAThI Ha CTOPOHE C
OOJbIIeH KOHIIEHTpaUUeW M pe3yJbTUPYIOUIMI MOTOK cyOcTtpara OyJeT Ha-
IpaBJICH, CIIEAOBATEIbHO, K APYToil CTOpoHE MeMOpaHbl. Eciun kKoHIIeHTparuu
cyOcTpaTa CTaHOBSITCS OJIMHAKOBBIMH 1O 00€MM CTOpOHaM MeMOpaHbl, 0OMEH
poJoIKaeTcs 0e3 pe3yIbTUPYIOIIETO MOTOKA, MOTOMY YTO NMEPEHOCUUK OfU-
HAKOBO Hachllaercs 1no ode cropoHbl MmemOpansbl. [locne nepenoca B 3pUTpo-
IIUTHI TJIFOKO3a ObIcTpo (ochopunupyercss ¢ 00pa3oBaHUEM TIFOKO030-6-
docdara, KOTOPBI Yepe3 MeMOpaHy HE MPOHHUKAET M OCTAeTCS B KIIETKAaX.
CrnenoBaTeNbHO, COXPAHSAIOTCA KaK TPaJME€HT KOHIEHTPAIMH TIIOKO3bI Yepes3
MeMOpaHy, TaKk U CKOPOCTb IEPEHOCA TIIFOKO3bI B KIETKH.
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Takum 00pa3oM, HACHILIEHUE MMOTOKA TITIOKO3bI C POCTOM €€ KOHIICHTPALIUU
B CpeJie ONpeIeNsieTCss KOHEUHBIM YHCIIOM MOJIEKYJI IEPEHOCUrKa B MEMOpaHe.
[Tpu MasibIX KOHUEHTpAIMAX MEPEHOCUMOro BellecTBa (BJAJIM OT HACHIIIECHUS)
€ro TPAHCIOPT MOXHO OIHUCHIBaTh NEpBbIM 3akoHOM Duka ans meMmOpaHbl.
BenuunHa moToka BeliecTBa, MEPEHOCHMOTO 4Yepe3 MeMOpaHy, pacCuuTaHHas
Ha OCHOBE CUMMETPUYHOU MOJIENIN C YETHIPHMS COCTOSTHUSIMU MOJIEKYJIBI IIepe-
HOCYHMKa, XOPOIIO COTJIACYEeTCsl C IKCIIEPUMEHTAIBHBIMUA JAHHBIMU.

B opranusme yenoBeka conepkuTCs 12 OenKOB — NEPEHOCYMKOB IIIHOKO3BI
(GLUT1-GLUTI12), mocnenoBaTeIbHOCTh aMUHOKHCIIOT B KOTOPBIX BBICOKO
romoJiornyHa. Bce Oenku coaepskar nopsiaka 500 amuHokuciaor u 12 nepece-
KaIoIIMX MeMOpaHy a-crupaneid. AMUHOKHUCIOTHI, PACIOJIOKEHHbBIE B Oi-CIIUPA-
JSIX, IPEUMYIIECTBEHHO TUAPO(OOHBI, OJHAKO HECKOJBKO CIHUpaje coaepkar
AMUHOKHUCJIOTHBIE OCTaTKHU (HarpuMep, CepuH, TPEOHHH, aclaparuH U TiyTa-
MUH), OOKOBBIE 3aMECTUTEIN KOTOPHIX (OPMUPYIOT BOJOPOAHBIE CBSI3U C TUA-
POKCHIJIBHBIMH T'PYNIIAMH TIIOKO3bl. DTU OCTAaTKU (POPMHUPYIOT MECTa CBSI3bIBA-
HUS TJIIOKO3bl MIEPEHOCUYMKOM y moBepxHOCTH MmemOpanbl. GLUT1 — uHTe-
IpaJIbHBIN O€JIoOK ¢ MOJIEKYJIApHbIM BecoM 45 k/[. O coctaBmsieT 2 % oT oO1e-
ro KOJIMYECTBA OEJIIKOB MEMOpPAH SPUTPOLIUTOB.

5.4. AKTUBHbIVA TPAHCIOPT

Bonbiioe 4ncio BemecTB TPaHCHOPTUPYETCS depe3 MeMOpaHbl MO MeXa-
HU3MaM aKTHUBHOTO TPAHCIOpPTa. JTOT TUI TpPaHCHOpTa OOeCreyuBaeTcs Cre-
UAJIU3UPOBAHHBIMU OEJIKOBBIMU MOJIEKYJIaMU, UM TPAHCIIOPTHBIMH OEJIKamH,
KOTOpBIE NPEIHA3HAYEHBI JJIsl TPAHCIIOPTA OJHOTO, YaCTO JIBYX WJIM JaXKe€ TPEX
TUIIOB BEILECTB OfHOBpeMeHHO, Hanpumep uoHoB Na', K u t. 1. IIpu akTus-
HOM TpPAaHCIIOPTE MOJIEKYJIbl MEPEHOCATCA W3 CPElbl, TIe UX KOHUEHTpalus
HUXE, B cpeAy ¢ Oosee BBICOKOW KOHUEHTpalueil, TO €CTb B HallpaBJIECHUH,
IIPOTUBOIIOJIO)KHOM TOMY, KOTOPOE MMEET MECTO MPHU CIIOHTAHHOM BBIPABHU-
BaHWU KOHIIEHTpAallUM BelIecTBa B pacTBope. TpeOyemas [uisi aKTHBHOI'O
TpPaHCIIOPTa PHEPIUsl U3BJIEKAECTCS B META0OJMYECKUX MpOIeccax, MpOTeKaro-
IUX B KJIETKE, HAPUMEP, IPHU yTUIN3alUu coequHeHnil tTuna AT®. AKTuB-
HBII TPAHCIOPT UI'PACT BAXHYIO POJIb B PEryJIALIMU Ka4€CTBEHHOIO U KOJIUYe-
CTBEHHOI'0 COCTaBa BEILIECTB B KIIETKE.

B cBsi3u ¢ TeM, uTo 3HEprusi, BeICBOOOXKIaeMas npu ruapoianze ATD, wuc-
MOJIb3yeTCsl TMOO HEMOCPEICTBEHHO TPAHCIOPTEPOM, JIMOO Jisi CO3AaHUs rpa-
JIMEHTa BelllecTBa 4Yepe3 MeMOpaHy, BBIIETSIOT JBE OCHOBHBIE KaTETOPUU aK-
TUBHOTO TPAaHCIOPTa — MEPBUYHBIA (Ipyroe Ha3BaHUE — MPAMOW AKTUBHBIN
TPaHCHOPT) U BTOPUYHBINA (HEMPsIMOIl akTUBHBIN TpaHcnopT). [lepBuuHbIil ak-
THUBHBIM TPAHCHOPT MPOTEKAET MPU HUCMIOJIb30BAHUM DHEPTUU CAMHMH TpPaHC-
MeMOpaHHBIMH OeJKaMu (HacocaMM) JJi MHAYLMPOBAaHUSA KOH(DOPMAIMOHHBIX
WU3MEHEHHM, pe3yJIbTATOM KOTOPBIX SBIISIETCS TPAHCHOPT MOJIEKYJ YEPE3 MEM-
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Opany.

benkoBble HacOCHl TPAHCIOPTUPYIOT MOHBI U JIPYTHME€ PAaCTBOPEHHBIE BEllle-
CTBa uepe3 MeMOpaHbl B HalpaBJIE€HUU KOHLIEHTPALIMOHHOTO I'paJueHTa, odec-
neunBas paznuuus B KoHIeHTpanusax B 100000 pa3. [Tomumo Hambosee yacto
ucrosb3yemoro ruaponnsa AT®, B KI€TKaX MOTYT HUCIOJIb30BaThCA U APYrUe
VCTOYHHUKHU SHEPTUU JJI1 AKTUBHOI'O TPAHCIIOPTA, B TOM YHCJIE CBET, OKUCIIHU-
TEJIbHO-BOCCTAHOBUTEINIbHBIC PEAKIUU U Ap. DHEprus npeodpasyercs B popmy
TPAaHCMEMOPAHHBIX 3JCKTPUUECKUX WIM XUMHUYECKUX TPAJHEHTOB TPAHCIIOP-
TUPYEMBIX MOHOB. BOJBIIMHCTBO M3BECTHBIX OMOJIOTMYECKUX HACOCOB TPAHC-
JIOLMPYIOT KATHOHBI.

5.4.1. lNNepBUYHbLIN aKTUBHbLIX TPAHCNOPT

[lepBrUYHBII aKTUBHBIN TPAHCIIOPT Yepe3 MEMOPAHbI OCYIIECTBIISIETCS UOH-
HbIMM HacocamM (Ipyrue Ha3BaHHs — HOH-TpaHcnopTupyromue ATda3zsl u
AT®a3nble Hacochl). Bce HOHHBIE HACOCHI MOXHO PA3ACIIUTh Ha YETBIPE TPYyII-
nbl (cemeiicTBa): AT®a3bl P-tuna, AT®dazwl F-tuna, ATda3zer V-tuna u ABC-
TPaHCIIOPTEPHI.

AT®a3pl Bcex TUIOB 00ECTIEUMBAIOT COXPAHEHHE TPAJMEHTOB KOHLIEHTPA-
mn oo Na*, K'Y, H u Ca®* uepes mmasmariueckne W BHYTPHKICTOUHBIC
MeMOpaHbl. AKTUBHBIM TPaHCIOPT MOHOB Yepe3 MeMOpaHbl B KJIETKaX TpedyeT
Oonbliux 3arpar sHepruu. Hampumep, B HeMpoHax M KJIETKaxX IMEYEHH Ha
TPAHCIIOPT MOHOB pacxonayercs cBeie 25 % ATO, npoaynuupyemMoro B KIieT-
Kax, a B aputpouurtax — 10 50 %.

[lepexkauka kaTHOHOB yepe3 MeMOpansl AT®azamu P-Tuna ocyiiecTBiser-
Csl BO BCEX JKMBBIX Opranusmax (tadm. 5.2).

Tabnuya 5.2
CemeiictBo ATda3 P-tuna
Yucno Hucno
HasBanue VO LI Jlokamuzamus MEPEHOCUMBIX DyHKIUU
y a 1 HUOHOB
Na'/K*- 2 [TnazmaTnueckast 3Na' u 2 K* l'enepanus  rpanu-
AT®aza MeMOpaHa entoB Na*, K*
ITna3zmaTtnueckas
H/K*- N + [XKenymounas u mo-
2 memOpana skenyaka ul 1H u 1K +
AT®daza HoueK yeyHasi cekperus H
apKoILIa3MaTHIECKUN
SERCA Ce Tpm:) . a3 ec CHMWXKeHHe KOHIIEH-
Ca- 1 p YAYM, . |2ca®u2dt Tpaluu HOHOB Ca®
SHAOINIA3MATHYECKUI
AT®daza B IIMTO30JIE
PETHKYITyM
PMCA TasMaTHIecKas CHHKEeHME KOHIIEH-
Ca- 1 veMBnara 1Ca®*u1 H Tpaluu HOHOB Ca®
AT®daza P B IIMTO30JIE
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AT®azamu P-Tumna yTUIM3UPYIOTCS BBICOKOIHEPT€TUYECKHE KOBAJIEHTHO
CBs3aHHbIe MHTepMenuathl P-acraptuindocdara. ATdazel P-tuna Ttakxke Ha-
3piBaroTcs Eq1E>-ATdazamu ns3-3a cmocoba onucaHus MeEXaHW3Ma UX JEHCTBUS
— CYUTAETCS, YTO MPHU TPAHCIIOPTE HOHOB Yepe3 MeMOpaHbl OCIKH MOTYT HaXo-
JTUTHCS B OJTHOM W3 JIBYX KOH(GOPMAIMOHHBIX cOoCTOssHWM — E; mmm E;. KoH-
dopmanus Tpex Hambolee H3BECTHBIX HAacocoB naHHoro Tuma — Na'/K'-
AT®ase1, H/K'-AT®azsr 1 Ca**-ATdasbl Iy TPAHCIIOPTE HOHOB H3MEHSCT-
csl B pe3ysibTrare ux dochopuniupoBanus 3a cueT suepruu ATO.

Karronnbie Hacochl P-ThIa cOCTOSIT M3 OJHOW WU ABYX O-CYOBECIUHHI] U
OJTHOM WM ABYX P-cyObenunHuil. MHOTHE U3 3THUX HACOCOB SIBJIAIOTCS T€Tpame-
pamu, COAEPKAIMMHU JBE O-CyOBEIUHUIIBI U JBE MEHBIIUE TI0 pa3Mmepam [3-
cyObeauHuIbl. TpaHcnopT HOHOB 00ECTIEUMBAIOT O-CYOBEIUHULIBI, TIPU 3TOM,
no KpaiHed wMepe, onxHa u3 o-cyOopeaunui (Qochopunupyercs. -
CyObeMHUIIBI YYaCTBYIOT TOJBKO B PETYJIAIMHU TPAHCIOPTAa MOHOB. DyKapHuo-
traeckne ATdas3sr P-tuma, Takne xak Na' /K - u Ca2+-ATd)a31>1, umeroT 1o 10
TpaHCMEMOpPAHHBIX CIHpAJICH.

Terpamepom Tuna oy, aensercs Na'/K'-ATdasza (Na*/K*-nacoc), npucyr-
CTBYIOI[as B TUIa3MaTHYECKUX MEMOpaHaX BCEX KJIETOK TKAaHEW >KMBOTHBIX
(puc. 5.4). B-IlomunenTua He y4acTBYET MNPSIMO B MEPEKAUYKe MOHOB, a y4acT-
ByeT B (QOJIWHTE TPW BHEAPCHWH B MEMOpaHy BHOBb CHHTE3UPYEMBIX O-
cyobenunull. o-CyObeIUHUIIBI TIPEACTABISIOT COOOM HETrNIMKO3WIMPOBAHHBIC
noyurnenTtuasl BecoM B 120 k/la 1 MEIOT aMUHOKHUCIOTHYIO TOCIEN0BATENb-
HOCTb U CTPYKTYpY, OdeHb Mofo0HbIe Ha Mpimednyio Ca*'-ATdasy. Na'/K'-
AT®daza nmeeT nepenieeKk Ha MUTO30JIbHOM CTOPOHE, KOTOPBIA COSIUHSET J10-
MeHBbI, cofepkamue Mecta cBsizbiBanus AT® u dochopunupoBaHHbiii acmap-
TaT, C BHEAPEHHBIM B MeMOpany nomeHoM. Bee kinacest ATda3z P-tumna umeror
olHO uiu Oosiee MecT cBs3biBaHug AT® Ha MUTOIIA3MATHUYECKOW CTOpPOHE
MeMOpaHshl.

vv 3Na
Na'
A
| AVATA
A ~'—_‘
000 K
Huro3onb

2K AT® AJlD+D

Puc. 5.4. Cxema ctpoenus Na'/K*-ATdazsl

Na'/K*-Hacoc obecrieunBaeT TpaHCIIOPT THIIA aHTHNIOpTa. Hacoc Tpancnop-
TUpyeT ofHOBpeMeHHO Tpu noHa Na’ Hapyxy u nBa nona K BHYTpb KieTkH.
KoHnieHTpaiuss HOHOB Kajusi B IIMUTO30JI€ KIETOK >KUBOTHBIX B 20 pa3 BhIIIIE,
YeM BO BHEKJIETOUHOM XKHUIKOCTH, a KOHIIEHTPAIUsl HOHOB HATPHUSI BHYTPH KJIe-
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TOK, Ha000poT, B 10 pa3 MeHbllle, 4eM CHapyku. Takue KOHUEHTPAIlMOHHbIE
IpaMeHThl Yepe3 MeMOpaHy KJIETOK yCTaHaBIMBAIOTCS Ojarofapsi akTUBHOMY
TpaHCHOPTY MOHOB 00OMX TUIOB. B pe3ynbTate TpaHCIOpTa MOHOB Kajaus U
HATpUsl CO3AAETCS aCUMMETPHSl paclpeleieHusl 3apsaa BHYTPH M CHApPYXH
KJIETKU. BO3HUKaONMil npu 3TOM TpaHCMEMOpPaHHBIN MOTEHIMAT UTPAET BaxK-
HYIO POJIb B BO3HUKHOBEHUU MOTEHIMANA JICUCTBUS B KJIETKAX HEPBHOU U MbI-
19 ) V) + +
nreyHoi TkaHel. O BaxkHoi pormu Na'/K'-ATda3 cBUIETEIBECTBYET TOT (aKT,
YTO MPUMEPHO TPEThS YACTh 3aI1ACAEMOM B KJIETKaX 3HEPrUM OJlaroapsi CUHTE-
3y B MuToxoHApusax AT® uzer Ha obecneuenue pabotsr Na'/K'-ATdas3.
Mexanmsm faeiictus Na'/K'-ATdassl wamocTpupyercs puCcyHKOM 5.5. B
o +n+
koHpopMaruu E1 Ha nurozompHOi cTtopoHe Na'/K'-ATdasel ¢ BBICOKHM
cpozcTBOM cBsasbiBatoTcss uoHbl Na'. Koncranta cpasbiBanus uonos Na* Ha
IIUTO30JIbHBIX MECTaxX CBsI3bIBaHMs paBHa (0,6 MMOJIB/JI, UYTO 3HAYUTEIHLHO HIKE
koHnenTparuu Na* B utos3one, paBHoii mpuMepHO 12 MMOIIB/JI.

CassbiBanne  dochopunuposane  KonpopMarioHHOe : 2K

E1 Na'w AT® E1 E1 u3MeHeHne E2
'
:DJ} :D |
p 5)
YY) ® ©

+
3Na® ATD Al BricBoOOoxkaeHue Na

+
CesazbiBanne K B
" HedochopunupoBanue o
Bricroboxkgenue K U KOH(OPMAITHOHHOE

; :
/ H3MCHCHHE
D S - M
x G
E1

oo}
E1 E2

L{1T030J1b

Puc. 5.5. Cxema tpancriopTa noHos Na'-, K -ATdazoit

B pesynbrate noHbl Na* 0OBIMHO TOJHOCTBIO 3aIOJHAIOT MECTa CBA3bIBA-
nus. Hanpotus, cpoactBo moHoB K' K MecTaM CBA3BIBAHMS C LUTO30JbHOI
CTOPOHBI OeJIka OYEHb HU3KOE, TO3TOMY 3TH MOHBI, TPAHCIIOPTUPYEMBIE Uepes
O€JIOK B KJIETKH, TUCCOIMUPYIOT U3 Oenka B koHdopmaluu E1 B uTo30i1b, He-
CMOTpS Ha BBICOKYIO KOHIeHTpaiuio noHos K' B muromnasme. OqHOBpeMEH-
HOe cBs3bIBaHUE Tpex oHoB Na™ u monekynsl AT® npuBoauT K hochopuin-
POBaHUIO acnapTaTa, YTO COMPOBOXKAACTCS M3MEHEHHEM KOoH(popmauu Oenka.
[Ipu xondopmanuonnom nepexoge E1 — E2 Tpu cazanubix moHa Na* nsu-
KyTcs uepe3 Oenok Hapyxy. Ilepexon B koHbopmaiuio E2 renepupyer Takxke

118



JIBA MeCTa C BHLICOKUM CPOJCTBOM CBs3bIBaHMs 1 MoHoB K™ u Tpu Mmecra ¢
HU3KUM CPOJICTBOM CBSI3bIBaHHsA 711 HOHOB Na' Ha 7K30I1a3MaTHUECKOi CTO-
poHe MemOpanbl. Tak Kak KOHCTaHTa cBs3biBaHus HoHOB K, pasmas 0,2
MMOJIb/I, 3HAYUTENHHO HIKE, YeM BHYTPUKIIETOUHAsS KOHIIEHTparus noHos K
(4 MMOJIB/IT), 5TH MecTa CBSI3bIBaHUsA OBICTPO 3amonHsiorca noHamu K'. Tpu
nona Na*, Tpancrioptupyemsle uepes 6eloK HapyxKy KIETKH, OYIyT JUCCOLHHU-
pPOBaTh BO BHEKJIETOYHOE MPOCTPAHCTBO M3 MECT CBS3BIBAHUS, XapaKTEPHU3YIO-
IIUXCSI HU3KAM CPOJICTBOM CBSI3BIBAHMS HA 3K30IJIa3MaTHUECKON MTOBEPXHOCTH,
HECMOTps Ha BBICOKYIO BHEKJIETOUHYIO KOHIEHTpanuio noHos Na'. BeicBo6o-
xenne noHoB Na' u cesaswiBanue HoHOB K' COMPOBOKIAETCS THAPONH30M ac-
naptuidocdara (nedhochopunupoBanuem Oenka) U U3MEHEHHEM KoHboOpMa-
nuu 6enka. [Ipu kondpopmarmonnom nepexoae E2 — E1 nBa cBs3aHHBIX HOHA
K* Tpancmoprtupyiotcs BHYTph KieTkH. Mexanmsm neiicteus Ca’'-ATdassl
aHanorudeH Mexanusmy ¢pyukuuorupobanus Na' /K -ATdasel.

AT®da3er F-tuna (umu FoF-AT®a3e1) u ATda3zer V-tuna (VoVi-AT®da3s)
(Tabu. 5.3) uMmeroT NoI00HYI0 CTPYKTYpy. VX Ha3pIBalOT Takke Hacocamu F- u
V-knacca cOOTBETCTBEHHO. Ha3BaHHbBIE HACOCHI COJIEpIKaT, MO KpalHel mepe,
TPHU TUTIA TPAHCMEMOPAHHBIX CYOBETUHUIL U MATh TUIIOB MOJUIENTHIOB, KOTO-
pbie GOPMUPYIOT ITUTO30JIbHBIN ToMeH. Bece u3BectHrie F- u V-Hacock TpaHc-
noptupyroT npotoHsl. ATda3el V-Tuna o0bIYHO MOANEPKUBAIOT HU3KHUE 3HA-
yeHus: pH B pacTUTENbHBIX BaKyOJIX, B TU30COMaX U JIPYTUX 3aKUCICHHBIX BE-
3UKYJIaX B KJIETKaX >KHUBOTHBIX, MCIIOJIb3Ysl YHEPTHIO, BHICBOOOXKIAEMYIO IMPHU
ruaposinze ATD, 1y nepekadyku MPOTOHOB U3 HK30IUIA3MATHYECKON CTOPOHBI
MeMOpaHbl B 1IuT030J1b. Hacockl V-Tuma Takke MpUCYTCTBYIOT B IJla3MaTHye-
CKAX MeMOpaHax KJIETOK, CICIIHATM3NPOBAHHBIX I CEKPEIUU MPOTOHOB, Ta-
KHX KaK OCT€OKJIACThI, MaKpodar.

Tabauya 5.3
CemeiictBa AT®a3 F-tuna u ATda3 V-tuna
Hacoc| CyObenuHuib Jloxammu3anus Cybctpar DyHKIUU
MuUTOXOHIpHUH, XJTOPOIUIACTSL, |, ,+ Cunre3 AT® nmn
H" (peako N
FoF1 |8 nnu Oonpiie  |3ybaxTepuu, Iia3mMaTHuecKue Na) AT®-ynpaisgeMblit
MeMOpaHbI nepenoc H*

AT®-ynpaisseMblit
nepenoc H* (penxo,
Na®)

H" (pen-

VoV1|8 uiu Oonbiite | DHIOMEMOPAHBI DYKAPUOTOB
ovi a P ykap ko, Na*)

Hacocbl V-tuna BhIMOSMHAIOT JBe (QyHKIMU. Bo-miepBbIX, OHU 3aKHUCISIOT
BCE YIOMSIHYThIE BhIIIEe KoMIapTMeHThl. Kucinbie 3nHauenust pH obecrnieunBaroT
JUCCOIMAIIMIO JINTaHAa U3 KOMILJIEKCa C PEIeNnToOpoOM B PHJIOCOMAaX M aKTUBHU-
PYIOT JTM30COMAJIbHBIE THUAPOJA3bl, a Takke Apyrue ¢GpepmMeHThl. Bo-BTOpHIX,
MPOTOHHBIE TPAJAUECHTHI Yepe3 MEMOpaHy SBISIOTCS UICTOYHUKOM SHEPTHH IS
comnpsoxernoro ¢ H' tpancmopra JIPYTUX BELIECTB.

Kak mokazano Ha puc. 5.6, AT®a3sl V-Tuna cojepxar JiBa JUCKPETHBIX
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JIOMEHA: PacMOJI0KEHHbIN C IUTO30IbHOM CTOPOHBI MEMOpaHbl TUAPO(PUITILHBIN
JTOMEH V1, COCTOSIIIUNA W3 MATH Pa3IMYHBIX MOJMIENTHIOB, U TPaHCMEMOpaH-
HBIN TOMeH Vo, coaepkaiuii ot 9 10 12 xonuit npoTeonunuia ¢, OJHy Cyobe-
JTUHUITY Oenka b u oj1Hy cyObequHuIy Oelika da.

[{uTo30mpHBIA JOMEH Oenka Vi COACPKUT P CyOBEAWHHI], KOTOPHIC HA
puc. 5.6 ob6o3nauensl kak A, B, C, E, G, u H. Cyosenuanipl A u B cogepkar
MecTa, TJie MPOUCXoauT cBs3piBanue U ruapoiu3z ATD. TpancmemOpaHHbBIE
CyOBEIUHUIIBI C U @ BMeCTe (GOPMHUPYIOT MPOTOH-MIPOBOASIINN KaHal. B oTiu-
yue oT AT®a3 P-tuna AT®da3b1 V-Tumna B npolecce NpOTOHHOTO TPAaHCIIOPTa

He (hochoprIupyrOTCS.
2H'

C

2H7

@
»ﬁfé@'"

AT® - Anato
Puc. 5.6. Ctpykrypa AT®a3s1 V-Tuna

Xotst Hacockl V-Tuma nmoaoOHBI Mo apxutekrype FoFi-ATdaze, umerorcs
GbyHKIHOHATBHBIE pa3nuuusi. Bo-TepBBIX, dyKapHOTUYECKHE HACOChl V-THMa
SBJISFOTCSI UCKITFOUMTEILHO MPOTOHHBIMU Hacocamu. Bo-BTOPBIX, N301MpOBaH-
Helii koMIuieke V; He uMeer ATda3Hoii akTMBHOCTH. MeXaHU3M IEUCTBUS
AT®a3p1 F-Tumna noapoObHO pacCMOTPEH B TII. 6.

ABC Ttpancnoptepsl popmupytoT Hanbosbiee mo yuchy (cBoime 100 pasz-
JUYHBIX TPAHCIOPTHBIX OEIKOB) W HauOosiee pazHOOOpPA3HOE MO CTPYKTYpE
cemeiictBo ATd-3aBucumbix HacocoB (Tabn. 5.4). ABC — sto ab6peBuatypa
tepmuHa «ATP-binding cassette» (AT®d-cBs3bIBaroIIas KacceTa), OTHOCAIICTO-
csi kK AT®-cBaspiBatorieii oomactu tpancnoprepa. MRP (multidrug resistance-
associated protein) — 6eTOK MHOKECTBEHHOH JICKAPCTBEHHON PE3MCTEHTHOCTH,
UTPAOIINIA POJTh B BHIBEICHUH TOKCHYHBIX BEIIECTB, a TAK)KE JICKapCTB U3 KIIe-
TOK, B TOM YHUCJI€ OMPEICISIONINNA YCTOMYMBOCTh OMYXOJIEBBIX KIETOK K XEMO-
TepaBIleTHUECKUM JiekapcTBaMm. Tpancmoprepsr TAP (transporters associated
with antigen presentation) — kimacc ABC tpaHcmopTepoB, HEOOXOAUMBIX IS
WHUIIMAPOBAHUS UMMYHHOTO OTKJIMKA Ha YY>KEPOJHBIE OCIKU U MEIUUPYIO-
IIUX TPAHCTIOPT AHTUTEHHBIX TENTHIO0B U3 IIUTO30J151 B DP.

ABC TpancnopTepsl HalJeHBI BO BCEX JKHMBBIX OpraHM3Max. PazmudHbie
YJICHBI ATOTO CEMENCTBa JIOKAJIM30BaHbI B IJIa3MaTUYeCKOl MemOpane, OP, a
Takke B aApyrux opra"emwiax. Kaxaeii ABC TpancnopTep SBIs€TCS CHELH-
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(UYHBIM TSI OJJTHOTO MJIM HECKOJIBKMX POJICTBEHHBIX CyOCTpaTOB, HO BCE Ce-
MEHCTBO nMeeT OO0JIBIIOE YUCIIO0 CyOCTPaTOB, BKIIOUAsi HEOPTaHUYECKHUE HOHBI,
caxapa, aMHUHOKHUCIIOTBI, CJIOXKHBIE TOJIMCAXapH/Ibl, MENTHIBl U JlaXKe OENKH.
Crienmanu3upoBaHHbIC YJICHBI CEMEMCTBAa ACHCTBYIOT Kak HOHHBIC KaHaJbl
(mammpumep, CFTR, cystic fibrosis transmembrane regulator) wiu perymupyror
GYHKIIUN Jpyrux MEeMOpaHHBIX OENIKOB, HApUMEp, perenTopa Ccyab(HOHUIMO-
yeBuHbl. ABC TpaHcmopTepsl OTINYAIOTCS OT IPYTHX HACOCOB IO CTPYKType U
byskusamM. OHU HE TPOAYLUPYIOT HOHHBIE TPAIUEHTHI.

Tabruya 5.4
Tpancnoprepst ABC
Yucno
Hacoc Jloxanuzanus CyOcTtpat DyHKIIUU
CyOBeTUHUT]
MRP1 IInasmaruueckast MeM- Cexpenus
1 JIeKapCcTBa
P-rnukonpoTtenn OpaHa JIEKapCTB
[Tna3maTHueckue MeM-
OpaHbI ABIXATEIBHOTO ; i
CFTR 1 patibl 1 AT®, Cl Cexperwst Cl
TpaKTa MaKpeaTu4ecKo-
T'O DIUTEIHUS
Tpancriopt anTH-
TAPL 2 5 DHJIOMIA3MATUICCKUN  |AHTHTECHHBIC |TCHHBIX MENTHIOB
' PETUKYIYM HENTH/IbI U3 LUTOILJIA3MBbI B
OP
AnukanbHas I1a3MaTH- dochormunepu
docharuaui-
MRP2 1 yeckas MeMOpaHa KJie- <OIHH ¢dunasa, cekpe-
TOK TICYCHU U SKEeITIH
[Tma3marnueckas MeM-
STEG6 1 N ®epoMonbl  |CuUrHamm3anus
OpaHa apoxoKen

Bce tpancnioprepsl nMmerot nBa AT®-CBA3bIBalONMX JOMEHA B LIUTOILIA3ME
1 JBa TpaHCMEMOpPAaHHBIX JOMEHA, CoAeprKamux 6 o-crupaiei (puc. 5.7). Ue-
ThIpE JOMEHa, TpeOyeMble Al 00ecreyeHHsI akTUBHOCTU TPaHCIIOPTEpa, MOTYT
OBITh YETBHIPHMS OTAEIbHBIMU CYOBEIMHULIAMU UJIM MOTYT OBITh MHKOPIIOPH-
POBAHHBIMH HECKOJIbKUMH CIOCOOaMHU B MOJMIENTHBI IBYMSI WM YEThIPbMS
nomeHaMu. [lydku o-criupaneil cBA3bIBalOTCSI CO CTOPOHBI LIUTOIIIA3MBI C HYK-
J€OTUA-CBS3bIBAIOIIMMH JOMEHAMH, 00pa3yIOIIMMH «ILANKW» Yy LUTOIUIa3Ma-
TUYECKOTO OKOHYAHHUS TMYYKOB. /[Be aMHUHOKHCIOTHBIE IMOCIEI0BATEIbHOCTH
(MOTHBBI) B HYKJIEOTHI-CBS3BIBAIOUIEM JIOMEHE OINPEAEISIOT €ro Ha3BaHHE.
Motus Walker A (GXXGXGKS/T, rae X — mo0oii 0CTaTOK) Ha3bIBACTCS TaK-
xe netyied P, Tak kak oH cBs3biBaeT y-pochar ATD B Tpancnoprepax ABC u
npyrux ATd-cesspiBaronux Oenkax. MotuB Walker B (RXggF4D, e F —
mo0oi ruapodoOHbIi ocTaToK) B3aumoaeicTByeT ¢ ATD, ¢ KOTOpbIM CBsI3aH
Takoke non Mg®*. Haubosee THIIMYHOE pasneneHne MOTHBOB B 1 A cocTaBsieT
ot 100 1o 150 aMUHOKHCIIOTHBIX OCTATKOB.
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[lyuku a-criupaneit (TpaHcMeMOpaHHbIE JOMEHBI) (GOPMUPYIOT Kamepy, de-
pe3 KOTOPYIO TPaHCIOPTUPYEMBI cyOcTpaT nepecekaetT MmeMOpany. CBsi3biBa-
Hue cybcrpara B kamepe cnenuduuno. Tpancnoprep CFTR umeer nomonHu-
TEJIbHBIN peryasTopHbli 1oMeH (R) B nutoniasme.

i
Y

f"l“'._, S ‘\If
[uTosons.

A

AT®D-cBA3BIBAIOIINE JOMEHBI
Puc. 5.7. Ctpykrypa ABC tpancnoprepoB

Puc. 5.8 unnmoctpupyer mexanusm pynkimonupoBanus ABC tpaHcnopre-
pOB.

I'nnpododuoe
OKOHYaHHE

3apskeHHOe
OKOHYAHHE

ATD

AJIDHOD IMuto301B

Puc. 5.8. Cxema tpancnopra BemectB ABC Tpancnoprepamu

VY Genka 0e3 cBsazanHOro AT® Kamepa OTKpHITA CO CTOPOHBI IIUTOIIA3MBI U
pacroyiaraeTcsi BO BHyYTpeHHEM MoHocioe oucnos. [loctynmupyercs, 4to cBs-
3piBanne U ruaponn3 AT 3amyckaer MUK KOHPOPMAITMOHHBIX U3MEHEHUH, B
KOTOPBIX YYaCTBYIOT BMECTE HYKJICOTH/I-CBSI3bIBAIOIIME JIOMEHBI, B PE3YyJIbTATE
cyOcTpaThl B KaMepe SKCIIOHUPYIOTCS K BHEKJIECTOYHOMY MOHOCIIOI OHCIIOS
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WM K BHEKJIETOYHOMY IIPOCTPAHCTBY, obecneunBasi yxoJ cyocrparoB. [Ipume-
POM Takoro TpaHcmoprepa spisercs ¢ummaza MsSbA, nmepemermatomas pocdo-
JUNUABL OT OJHOTO MOHOCJOSI OHMCIION K ApyroMy. bakTepualibHbIe MepMeasbl
NepeKauyrBalOT MUTATENbHBIC BemecTBa B KIeTKy, a TAP1l u TAP2 nepekaun-
BAaIOT MENTHAHbIC PparMEHTHl aHTUTEHHBIX OETTKOB B JIIOMeH DP.

5.4.2. BTOpUYHbIN aKTUBHbLIW TPaHCNOPT

Hacochl Ha3bIBaIOTCS MEPBUYHBIMU aKTUBHBIMU TPAHCIIOPTEPAMH, TaK Kak
OHU TIPEBPAIIAIOT AIEKTPOXUMHUYECKYIO WM XUMHUYECKYIO SHEPTHIO B TpaHC-
MeMOpaHHBIE KOHIIEHTPALMOHHBIE TPAJUEHTHL. ['palueHThl KOHIIEHTPALUU HO-
HOB, CO3JIaHHBIE HACOCAMH, MCIIOJIBb3YIOTCS HEKOTOPHIMH MEPEHOCUMKAMHM, Ha-
3bIBAEMBIMH BTOPUYHBIMHU TPAHCIIOPTEPAMH, JIJIsl IEPEHOCa MOHOB HIIM PacTBO-
PEHHBIX BEIIECTB.

[Ipy nmepBUYHOM aKTUBHOM TpaHcnopTe sHeprus AT® pacxoayeTcs Ha yc-
TAHOBJICHWE TPAJMECHTa KOHIIEHTPAllMM BEUIECTB depe3 MeMOpaHy. B ciydae
BTOPUYHOI'O aKTUBHOTO TPaHCIOPTA 3TOT TPAAUEHT UCIOJIb3YeTCs I TPaHC-
nopTa HEOOXOJUMBIX MOJIEKYJ YK€ B HANpaBJICHUH OOJACTEH C MEHBIIUMHU
KOHIIEHTpaIUsIMU TMEePEeHOCUMBIX BemecTB. [Ipumep Takoro mexanusma: B E.
coli ycranaBmuBaeTcs rpagueHT KoHIeHTpaiuu npotoHos (H') uepes knerou-
Hyl0 MeMOpaHy (ucnoib3yercs sHeprus AT® s TpaHcnopTa MPOTOHOB 3a
npenensl KieTkn). TpancMeMOpaHHbI O0€lI0K — nepMeasa JaKTO3bl UCIIONIb3YEeT
SHEPrHIo, 3amacaeMylo Mpu CO3JaHUM IEKTPOXUMHUYECKOTO MOTEHIIMaIa Mpo-
TOHOB, JUIsl TPAHCIIOPTA JaKTO3bl B KiIeTky. B E. coli momoOHbIi THIT pOTOH-
3aBHCHMOTO CHMIIOPTa HMCIIONB3YeTCsl ISl TPaHCIOpTa pruOO3bl, apabUHO3bI U
HEKOTOPBIX AMHUHOKHUCIIOT.

Mogenp s CHMIIOPTEPOB MOXHO MPEICTAaBUTh MOJO00HON MoOJenu s
yaunoprepa. Cummoprep MMeeT aBe KOH(OpMalmu C MECTaMH CBS3BIBAHUS
CyOCTpaTOB, OTKPBITBIMHU C JIF0O00M CTOPOHBI MeMOpaHbl. MecTO CBSI3bIBAHHUS
MOKET ObITh CBOOOAHBIM HJIA 3aHATHIM OAMHOYHBIM CyOCTpAaTOM, KaK U 'y YHU-
nopTepa, HO ABa cyOcTpaTra MOTYT CBS3bIBATbCS OJHOBpeMeHHO. BTopoe pas-
JUYME COCTOUT B TOM, YTO TPaHCMEMOpaHHasl epeopUEHTAIIMSI MECT CBSA3bIBA-
HUSl sBIIsETCS OoJiee MPEANOYTHTENbHOM s CBOOOAHOrO TpaHCHopTepa U
TpaHCHIOpTepa C ABYMs CBS3aHHBIMH CyOCTpaTamu, 4eM IJisi TpaHcropTepa
TOJIKO C OJIHUM CBSA3aHHBIM CyOCTpPaTOM. DTO XapaKTepHOE CBOMCTBO CUMIIOP-
TEPOB MUHUMH3HUPYET YTEUKY OTJAEJIIBHOTO cyOcTpaTa uepe3 memoOpany. IIpu-
MepaMu CHMIIOPTEPOB SABJIAIOTCA Takxke Na'/aMHHOKMCIOTa KOTpaHCIOpTEp U
Na'/K*/2Ca**-korpancmoprep.

AHTUTIOPTEPHI TPAHCIOIHMPYIOT JIBa PA3IMYHBIX CyOCTpaTa U UCIOIB3YIOT
KOHIICHTPAIIMOHHBIN TPaUEHT OJHOTO M3 CyOCTPATOB ISl IEPEMEIICHUs Ipy-
roro cyocrpaTa B HallpaBJICHHUH, TJI€ €T0 KOHIIEHTPAIUs BBIIIE. DTH TPAHCIIOP-
TEpBHl MOABEPTalOTCS 0OpaTUMBIM KOH(POPMAIIMOHHBIM W3MEHEHUSM, BCIIEICT-
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BHE KOTOPBIX MECTO CBS3BIBAHMS C OJJHOW CTOPOHBI MEMOpPAHBI MepeMeEIIaeTCs
Ha JPYTyr0. YCTaHOBJICHHI IB€ 0COOEHHOCTH (DYHKIIMOHUPOBAHUS aHTHIIOPTE-
poB. Bo-miepBhIX, 32 MecTa CBS3BIBAHHUS C aHTUIOPTEPaMU KOHKYPHUPYIOT J1Ba
cyoctpata, S; U S;,. Bo-BTOpBIX, TpaHcmopTep, CBOOOIHBIN OT CyOCTparta, HE
noJiBepraercss KOHPOPMAIIMOHHBIM HW3MEHEHUSAM, TPEOYEeMbIM JUIsI U3MEHEHUS
OpPUEHTAIIMHA €T0 MECT CBS3bIBAHUS. DTU pa3luyMs JEJal0T TPAHCIOPT ABYX
CyOCTpaTOB 3aBUCUMBIM JIPYT OT JIpYyTa.

Hanpumep, 3Na’/Ca’*-06MeHHrK (Y4aCTBYIOMMHA B 0GECIICUCHHH HU3KOM
BHYTPHK/IETOYHOH KOHIEHTpamuk Ca’ B cepeuHoil MbIIIIIE) CBA3bIBACT HOHBI
Na" mii Ca** u ncmomnb3yer 6ombInoi rpaguent 1 noHoB Na' epes miasma-
THYECKYI0 MEMOpaHy [l IepeMelieHns noHoB Ca’* U3 LUTOIIa3MBI HapyiKy,
T/Ie KOHIICHTPAIMs KaJbIUs BhIIIC. Y BHEIIHEH MOBEPXHOCTH KJICTKH ITEPEHOC-
unk cBsasbiBaeT Tpu HoHa Na'. ITociie kKoHGOPMALMOHHOTO U3MEHEHHS], TIPUBO-
JAIIEro K MepeopHeHTallil MeCT CBsa3biBaHUs, Tpu MoHa Na' mucconmupyior
BHYTPH KJICTKH U CBSI3bIBacTCs oauH uoH Ca’’. [Ipy mocieqyromieil mepeop-
CHTALMH MECTa CBS3BIBAHHMS TOT HOH Ca’’ MepeHOCHTCS HA BHEILIHIOK MO-
BEPXHOCTh KJIETKH, TJIe¢ OH JAMCCOIMHUPYET. B 3TOM mporecce urpaer posb He
TOJIBKO KOHIIEHTPAIIMOHHBIN TPAINCHT, HO U MEeMOpaHHBIN MOTCHIINAJ, TaK KaK
3TOT OOMEH HE SBIISETCS SJCKTPUUECKA HEUTPAIbHBIM, U MEMOPAaHHBIN MOTECH-
[[AaJl MOKET BJIMATh HA CBA3BIBAHUE MEPEHOCUYMKOM OJHOTO WM 000MX CYyO-
CTpaTOB.

AHTHNIOpTEPHI OOBIYHO OOMEHHMBAIOT MOAOOHBIE MO CBOWCTBaM CyOCTPaThI:
KaTHOHBI HA KaTHOHBI, aHMOHBI HA aHWOHBI, caXxapa Ha caxapa M Tak jajuee. AH-
TUnopTep mosiockl 3 sputporutoB oomennBaer ClI™ mva HCO;™. Okuch yriepo-
Ja, IPOayIMpyeMasi B TKaHSIX B OKHCIUTEIBHBIX peakiusax mudyHaupyer B
SPUTPOLMUTHI, I/I€ LUTOIIA3MATUYECKUI (pepMEHT KapOoaHruapasza TpaHcPop-
mupyeT okuch yriepoga B HCO;. Antunoprep obecrneunBaeT myTh BO3Bparta
HCO; B mma3my, riae oHa MEPEHOCHUTCS K JIETKUM Kak OMKapOoHAT aHWOH. AH-
tunioptep UhpT nossonsier E. coli nepexsarbiBath rimroko30-6-hocdar us cpe-
JIbI B OOMEH Ha HeOpraHu4yeckuil pocdaTr. AHTUTIOPTEPHI B MUTOXOHIPUSIX, CO-
CTOSIIIIUE U3 TUMEPOB (KaKIbIH COACPXKUT IIECTh CIUpalieii), 0OMEHUBAIOT I1-
torazmatudeckniit AJI® Ha AT®, CUHTE3UPYEMBIl STUMU OpraHesIaMu.

5.5. ANEKTPOANDPDY3UA. MOHHBIE KAHAIbI

5.5.1. Anektpoaud¢ysuna BewecTB Yepes MeMOpaHbI

[Ipu co3maHuu B pacTBOPE JJIEKTPOJUTOB I'PAJAMEHTA JIEKTPUUYECKOIO IMO-
TEHIIMaJla MOHBI HAYHYT TIEPEMENIAThCs, IPUUEM HAMpPaBICHUE JBIKCHUS OY-
JIET ONpPEACNIATHCS HAMPABICHUEM AJIEKTPUUECKOTO MO U 3HAKOM 3apsiga Ho-
Ha.
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Ecnn nBa pacTBOpa ¢ pa3iavyHONl KOHIEHTpAlMel MOHOB pa3feiiseT MOoJly-
npoHuIaemMasi MeMOpaHa, TO Ha MEMOpaHe BO3HUKAET CKAYOK 3JIEKTPUUECKOTO
noteHuuana. Pa3HOCTh MOTEHIMAIOB BO3HUMKAET HA MEMOpaHE B pe3ysbTare
mudy3un pa3TUUHbIX HOHOB Yepe3 MeMOpany. [Ipoxoxaenrne HOHOB U MoJIe-
KyJ 4epe3 MeMOpaHbl MOYKHO OXapaKT€pU30BATh MPOBOJUMOCTBIO U MPOHU-
aeMOCThI0. [IpOBOMMOCTE ONHCHIBAET IBUKEHUE AIIEKTPOIUTOB (MOHOB H
3apsHKEHHBIX MOJICKYIN) depe3 MeMOpaHy Mpy HAIMYHMH MEMOpPAHHOTO MOTEH-
nuana. [[poHuIaeMoCTh ONMUCHIBAET JABMKEHUE HE3APSIKEHHBIX MOJEKYN (He-
AIEKTPOJIUTOB), a TAKKE JIBH)KEHHE JIEKTPOJIMTOB B OTCYTCTBUE MEMOPAHHOTO
noTeHnrana. s kaxaoro TUIMAa MOHOB XapaKTEPHO CBOE 3HAYEHHWE HMOHHOM
IPOHUIIAEMOCTU U HOHHOW TPOBOAMMOCTH.

[110THOCTH OTOKA MOHOB i-T0 THUMA (BaJICHTHOCTBIO Z; ) B MeMOpaHe B cTa-

[IHOHAPHOM COCTOSIHUU ompeaessieTcs ypaBHenrueM Hepuera — [1nanka:

Ji:_Di(dC (x) 2.C.(x ) F d(p(x)j’ (5.8)
dx dx

rae C;(X) — xKoHIeHTpanus MOHA I-TrO THIA B MeM6paHe, D; — xos¢ddunrent

muddy3un noHa i-ro tumna, ¢(X) — IEKTPUIECKH MOTeHIIMAI B MeMOpane, F
— noctosinHast Papajes, R — razoBast MOCTOSTHHAA. DTO ypaBHEHHE OMHCHI-BAET
anexkTpoaudPy3ur0 MOHOB TMPU OJHOBPEMEHHOM BIIMSHUU TPAUECHTOB
KOHIICHTPAIIUH 1 SIEKTPUUECKOTO MOTEHITHAIA.

TpancMeMOpaHHBIN OTEHIMAT OTIpeaeNseTcs ypaBHeHreM [ onbamana:

RT In P<Ck + PuaCha + PCICCI
F o BCg +PuaCra + PCICCI

rae Pna, Px u Pc) — MeMOpaHHas IPOHHUITAEMOCTD JJIi HOHOB HATPHs, KaJIUs U

Vi =

(5.9)

XJ10pa, cooTBeTcTBEHHO, C)t MCy — KOHIICHTpPAIMSI HOHOB KaJUsl BHYTPH KIICT-

KH M BO BHEKJIETOYHOM cpejie, cooTBeTcTBEHHO, CF, 1 Cf, — KOHIEHTpaIus
VOHOB HaTpusl BHYTPU KJIETKM U BO BHEKJIETOYHOH Cpefe, COOTBETCTBEHHO,

B c )
Cc) 1 CE| — KOHIEHTpalysl HOHOB XJIOpAa BHYTPHU KIETKH U BO BHEKJIETOYHOM

cpeze, COOTBETCTBEHHO. B OIbITax Ha IMraHTCKUX aKCOHAX KalbMapa omnpese-
JIEHO, YTO B COCTOSTHMM IOKOs V), =—60 MB 1 coBmagaer ¢ BEJIMYMHON TpaHC-

MeMOpaHHOTO MOTEHLIHaJa, paCCYUTAaHHOTO 10 popmyie ['onpamana.

5.5.2. Knaccudumkaumsa um cTpyKkTypa MOHHbIX KaHanoB

HNonubie kaHaibl 0OHAPYKEHBI BO BCEX KJIETKAaX M Pa3iMyaloTCs MO CTPYK-
Type, QYHKIUSAM U MEXaHU3MaM PETyJIslUU aKTUBHOCTH. OHU 00ecreynBaoT
IIEPEHOC MOHOB Yepe3 MEMOPaHbI KJIETOK, OTBEYAIOT 3a AJIEKTPUUECKYHO AKTHUB-
HOCTb HEPBHOMW TKAHM, MBIIIIl U CEHCOPHBIX OPraHOB, PETYJIMPOBAHUE KIIETOY-
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HOTO TOMEOCTa3a M MHOTUX JAPYTUX (DYHKIMI KJIETOK. AKTMBHOCTh HMOHHBIX
KAHAJIOB PEryJIUPYETCs pAIOM XUMUYECKUX U (pusnyeckux paktopoB. MoHHBIE
KaHaJIbl CO3/Ial0T YCJOBHUSL JJIA 3JEKTpoau(dPy3un MOHOB yepe3 KIIETOUHBIE
MeMOpaHbl. XapaKTEPUCTUKHU MACCUBHOTO TPAHCIIOPTA OMPEACIISIOTCS HATUYHU-
€M DJIEKTPOXUMHUYECKOTO TPAJAUEHTA JJIsi HOHOB M MOHHOM CEIIEKTUBHOCTBIO
OTKPBITHIX KaHAJIOB.

KonuenTtyaibHO MOHHBIE KaHAJIbI MOYKHO PacCMaTpUBaTh KaK MOJEKYJIISAP-
HbIE€ MalIUHBI, KOTOPbIE MOTYT HaXOJUTHCS B JIBYX COCTOSIHUSIX — OTKPBITOM U
3akpbITOM. [lepexon Mexy STUMU COCTOSHUSMU PETYIHPYETCS TAK HA3bIBac-
MBIM BOPOTHBIM MEXaHU3MOM (OT aHTJIUHCKOro gate — Boporta). Koria nonHeie
KaHaJbl OTKPBITHI U JABMKEHHE MOHOB 3aBUCUT OT BEJIMYMHBI TPATUECHTA DIICK-
TPOXMMHUYECKOTO MOTEHIMaa, UMEIOT MECTO: 1) M3MEHEeHHE KOHILEHTpaIluu
COOTBETCTBYIOIIUX MOHOB BHYTPU M CHApY>KU KIETKH; 2) U3MEHEHHE MEM-
OpaHHOTO MOTEHIIMAaNa; 3) U3MEHEHUE CONIPOTUBIICHUS MEMOPaHBI.

HonHble KaHaNbl KIACCUPUIIMPYIOTCS HECKOJBKUMH criocobamu. OOtie-
NPUHATON SBJSIETCS KiacCUUKAIUS 1O TUITY HOHOB, KOTOPBIE MEPEHOCST Ka-
HaJibl, — MOHOB KaJIMsi, HATPUs, Kbl U XJjiopa. [lepeHoc Ha3BaHHBIX MOHOB
HAaTPUEBBIMU, KAJIMEBBIMH, KAJIBIIUEBEIMU U XJIOPHBIMU KaHAJIaMU UMEET MECTO
BO BCEX THUIIAX KJIETOK TKaHEW MJEKONMUTaromuX. KaHanbl OCYyIIECTBISAIOT Me-
PEHOC T€X MOHOB, K KOTOPHIM OHM CEJIEKTUBHBI. B HEKOTOPHIX KJIETKaX MpH-
CYTCTBYET psifi O€NKOB, (DOPMUPYIOLINX KaHAJbI, YEPE3 KOTOPHIE OCYIIECTBIIS-
€TCS IEPEHOC NOHOB BOJOPO/IA, KEIE3a U HEKOTOPBIX IPYTHX.

[[Iupoko ucHoNb3yeMblii croco0 KiIacCU(PUKAIMN KaHAJIOB YYUTHIBAET TaK
HAa3bIBAEMBIM BOPOTHBIM MEXAHU3M HMX OTKPBIBAHHS W 3aKpbIBaHUA. Y OJHHUX
KaHAJIOB TOPBI OTKPBIBAIOTCS TIOCJIE€ CBSI3BIBAHMS OCJIKOBOM MOJIEKYJIOM
HEOOJIBIIION MOJIEKYJIBI-TUTaHAa (WM HMOHA) MO MPHUHIUIY MOJIEKYJISPHOTO
(W1 MOHHOTO) Yy3HABaHWs. Y JAPYIHMX OTKPBIBAHUE TOPBI PETYIUPYETCS
TpaHCMEMOpPAHHBIM TMOTEHIIMATIOM. TakuM 00pa3oM, B 3aBUCHUMOCTU OT THIA
MEXaHU3MOB PETYJIUMpOBaHUs I[EPEHOCa HMOHOB 4epe3 TMOpbl  KaHaJbl
MOAPA3JCIAIOT Ha JIMTaH[-yIpaBisieMble (JIUraH-3aBUCUMbIC) U TOTEHIHAI-
yhpaBisiemble (MOTEHIMaN-3aBucuMbie). B Tabn. 5.5 nmpuBeaeHbl cBeleHUS O
HanOoJIee pacIpOCTPAHEHHBIX HOHHBIX KaHalax.

OTkpbIBaHUE TOP, YEpPe3 KOTOPHIC MPOXOAT UOHBI B OCIIKOBBIX MOJIEKYJIaX,
obOecrieunBaeTCsl MPU TMOSBJICHUU JOCTYIa MOHOB K TaK Ha3bIBAEMBIM «BOPO-
Tam» («KJIUTKE») KaHajda. BEpoATHOCTh OTKPBIBaHUSI KaHAJIOB, T. €. BXOX/IE-
HUS MOHOB B BOJHYIO OCIIKOBYIO TIOPY U MPOXOXKICHHS Yepe3 Hee, TOMUMO Ha-
3BaHHBIX (PAKTOPOB PETYJAIMH — TPAHCMEMOPAHHOTO TMOTEHIIMANA U CBSI3BI-
BAaeMbIX JIMTAH/JOB — 3aBUCHUT TAKXK€ W OT Psija APYruX (PU3UKO-XUMUYECKUX
daktopoB. Harmpumep, BEposSITHOCTh OTKPHIBAaHUSI HEKOTOPHIX KAHAJIOB SIBJISIET-
cs ¢ynkiuenr pH cpenpl (pH-3aBucumbie kaHaibl). B BOJTOCKOBBIX KIETKax
BHYTPEHHETO yXa COJIEp’KaTCsl KATHOHHBIE KAHAJIbI, OTKPhIBAHUE KOTOPBIX pe-
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IryJanpyerca MEXaHHYCCKHUM BOSI[CIZCTBPICM - KOJI€63.HI/I}IMI/I, BBI3bIBACMBIMH
3BYKOM. CYIHCCTBYIOT KaHaJIbl, KOTOPBIC YYBCTBUTCIIbHLEI K CBETOBOMY BOSﬂeﬁ-

CTBHIO.
Tabnuya 5.5
I[Ipumepsl HauGoIee PACTPOCTPAHEHHBIX HOHHBIX KAHAJIOB
IToTennuan- Ypasnenue YHutapHas IpoBo- biiokaropst

YIIPaBJISCMBIC KaHAJIbL JANMOCTb

Na* Henonspuszanus 10 nCm TeTpooTOKCUH

K" (DR) Jlenonspusariyst 55 nCwm Ba’"

K* (Ca®™) Jlenomsipusanmsi/Ca” | 240 nCwu Xapubgorokcun/Ba®

Ca”*(L) (MexanenHnas | Beicokomoporosas 9 nCwm (Ca*") JuruaponupuInHbI

WHAKTUBAIIHS) JIeTIOJISIpU3aIus 25 nCm (Ba2+)

Ca” (N) Bricokomoporosast 12 nCum (Ba") ®-koHOTOKCcMH GVIA
JENOJISIPU3AIHS

ca” (P) BEICOKOIIOpOroBas m-araTokcu IVA
JENOJSIPU3AIHS

Ca” (Q) BEICOKOIIOpOroBast ©-KOHOTOKCHH
JIETIOJISIPU3AITUS MVIIC

Ca”*(T) (BeicTpast BBICOKOMOpOroBast 8 nCm (Ca”™)

WHAKTUBALINA) JENOJSIPU3AIHS 8 nCwm (Ba®")

Jlurana-ynpasisi- Yupasnenue CeneKTUBHOCTh biiokaTopsl

eMble KaHaJbl

HukotuHOBBINM pe- ALIETHIIXOJIUH OnnoBaneHTHele | ByHrapoTokcun

LENTOop KaTHOHBI

Penentop NMDA ['myramar Ca™* Mg

Penenrop I'myramar OnHOBaJICHTHBIC

non-NMDA KATHOHBI

Penenrop GABA A | y-aMuHOMAacIsIHas CI
KHCIIOTa

Bnyrtpukiierounsie VYnpasnenue CenexTuBHOCTD biokaropsl

KaHaJIbI

Puanonunossii pe- | Kodenn ca’ Pyrenuesslit kpac-

LIENTOP HBIN

Penenirop InsP; Wrosuron tpudocdar | Ca’"

B 3aBUCHMOCTH OT T€OMETPUYECKUX OCOOEHHOCTEH PACIOJIOKEHUS B MEM-
OpaHe KaHaJIBl MOKHO pa3/IeUTh HA TPHU TPYMIBI — TeTpaMEpHbBIC, TTEeHTaMep-
HbIe U TekcamepHbie (puc. 5.9, a). B xaxaom ciiydyae nopa kaHajia JOKaIu30Ba-
Ha B LIEHTpe OCJIKOBOTO KOMILIEKca. B mpeaenax kaxmoil cyObeauHUIIbI Oell-
KOBasi MOJUIICTITU/IHAS 1IETTh TIepecekaeT MeMOpany 2—6 pa3, popmupys obiac-
TH TPAHCMEMOPAHHOTO MTePECEUCHUS — TPAHCMEMOPAHHBIC CETMEHTHI.

K TeTrpamepHBIM HMOHHBIM KaHajlaM, COJEP)KAIllUM YEThIpE JOMEHA WIIH
CyOBbeMHAUIIBI, OTHOCSTCS MOTeHIHan-ynpasmsiembie Na'-, K¥- u Ca®*-xkanasi,
B ToM uncie K'-kaHaibl ¢ BHYTPEHHHM BBHIIPSAMIEHHEM, KOTOPhIE COIEpPKAT
BBICOKOCEJICKTUBHBIE TIOPHI, JIOMYCKAIOIINUE MPOXOKACHUE Yepe3 MOpy OHOTO
Tumna noHoB. Kanaibl, ynpaBiseMple BTOPUIHBIMA MECCEH/KEPAMU, BKITIOYAs
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KaHaJjbl, 3aBUCALIME OT LIUKJINYECKUX HYKJIEOTUAOB, TAKXKE SBIAIOTCS TETpa-
MEPHBIMH, HO UX KaTHOH-IIPOHUIAEMBIEC MOPbI MEHEE CEJIEKTUBHBI K HOHAM,
4YeM IOpbl MOTEHIMAI-yIpaBiIeMblX KaHaJOB. Kaxnplil U3 ueTblpeX JOMEHOB
COJIEPKUT OT JIBYX JIO YEThIPEX TpaHCMEMOpaHHBIX cerMeHTOB. Cxema hopmu-
pPOBaHUS MOPHI B TETPAMEPHOM KaHaJle IPUBEIeHA Ha puc. 5.9, 6.

Honnas mopa

Kneroynas
MeMOpaHa

|

Terpamepnast Ilentamepnas [lonekamepHasi
HOHHbII‘/JI KaHaJ
6  HouHHas nopa

a

Puc. 5.9. Tononoruueckue HOpPMbI PACIIOIOKEHUS KAHAIIOB B JIMITHIHOM Oucioe (a).
CxeMa pacriojioXKeHus Mopbl B TETPAMEPHOM KaHalie B MeMOpaHe (0).

[lenTaMepHbIE MOHHBIE KaHAIbl UMEIOT BHUJI «PO3ETKW» U3 ISTH CyObenu-
HUI[, ¥ B UX YHCIO BXOJUT OOJBIIOE KOJMYECTBO KAHAJIOB, PETYIUPYEMBIX
HelipoTpancMuTTepaMu. KaHamsl ¢ perentopamu s HUKOTHHAIIETUIIXOJIMHA,
rilyTamMara u S-THAPOKCUTPUNITAMUHA COJIEPKaT KaTHOH-TIPOHHUIIAEMBIE TOPHI,
B TO BpeMs KaK KaHaJIbl C PEIENTOPAMH /ISl TIMIMHA B Y-aMHHOMACIISTHON KH-
CJIOTHI SIBIISIFOTCSI AaHUOH-TIPOHUIIAEMBIMHU.

Haxkowner, kaHainbl MEXKIETOYHBIX KOHTAKTOB (KOHHEKCHHOBBIE HOHHBIE Ka-
Hasbl) (POPMUPYIOTCSI TIPU ACCOIMAIMK TI0 MPUHIIMITY «KOHEIl K KOHILY» JIBYX
reKkcamMepoB, COJIEpKallUX MO LIECTh JOMEHOB, PAaCIOJIOKEHHBIX BOKPYT LICH-
TpaJIbHOW TIOPHI. DTH KaHAJIbl 00ECIIEYMBAIOT B3aUMOICCTBUE KIIETKA — KJIET-
Ka, a 4yepe3 MOpbl ITUX KaHAJIOB MPOXOIAT HE TOJHKO HEOPTaHWYECKUE HOHBI,
HO U HEKOTOpPbIE OOJIbIINE MOJIEKYJIBI.

HonHbie KaHaIBI TPOBOJSAT MOHBI Yepe3 MIa3MaTHYECKyI0 MeMOpaHy Wiu
MeMOpaHbl BHYTPUKJIETOUHBIX OPTaHEJI CO CKOPOCThIO, OM3KON K nuddy3u-
OHHOMY Tipeneny. MoHbl IBUKYTCSl OBICTpee depe3 KaHalbl, YUeM depe3 TpaHC-
noptepbl. CKOPOCTh MPOXOXKICHUS ISl CENIEKTUBHBIX MOHHBIX KaHAJIOB BapbH-
pyer ot 10° zo 10® wonoB B CEKYHIy, YTO COOTBETCTBYET TOKY OT 10™ o
10"°A. Jlas cpaBenms, uepes Na'/K'-Hacoc B TeueHHe OXHONH CEKYHIBI
tpancnoptupyetcst 300 nono Na“ u 200 K*, uTo cooTBETCTBYET TOKY NpH-
mepro 1,5-107" A.

Ha puc. 5.10 uzobpakena cxema pacmnooKeHUs] OCHOBHBIX (DYHKITMOHAIb-
HBIX €MHUIl MIOHHOTO KaHaina. M300pakenne yacTeil 0enka Ha pUCYHKE TIPOU3-
BOJIBHOE, TaK KaK UX pa3Mephl AJIsl pa3InIHbIX KaHAIOB HEOJMHAKOBHI.
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Puc. 5.10. Cxematnyeckoe n3o0paxxeHne QyHKIMOHAIbHBIX €TUHUII
HMOHHOTO KaHajia

['aBHBIMU CTPYKTYPHBIMH KOMIIOHEHTaMH, O0OECIEeYMBAIOIMUMU (DYHKIIHO-
HUPOBAHUE MOHHOTO KaHala, sIBJISIOTCS TpaHCMEMOpaHHbBIE JOMEHBI — BOPOTa,
KOHTPOJIUPYIOIINE aKTUBAIMIO U MHAKTUBAIIMIO KaHaia, QUIbTP CEJIEKTUBHO-
CTH U CEHCOp HANpPsDKEHHS (Il MOTEHIMAI-YIIpaBsieMbIX KaHanoB). O0mactu
CyOBeMHUII, TIOTPY>KEHHbIE B MeMOpaHy, (GOpPMHUPYIOT UOH-TIPOBOJIAIILYIO IO~
py. OctasibHble 00J1aCTU CYOBEAMHMII, PACIIONOKEHHBIE B IUTOIUIA3ME U CHa-
PYXH KIIETKH, HEOOXOAUMBI JIJIsi 00ecrieueHus: HOpMaJbHOTO (PYHKITMOHUPOBA-
HUS KaHAJIOB W PETYJMPOBAHUSA WX CBOWCTB. lluTormmasmarwmueckue (BHYTpH-
KJICTOYHBIE) YYACTKH OCIKOBBIX CYOBEIWHUI] TPHHUMAIOT Y4acTHE B PETyJisi-
MM aKTUBHOCTH KaHAJOB. BHEKJIETOUHBIC yYacTKH CYOBEIMHUII KaHala CBSI-
3BIBAIOT BHENTHUE CUTHAJIBHBIC MOJICKYJIBI U OMPEICSIOT UISHTUIHOCTh HO-
HOB, KOTOPBIC MOTYT BXOJHThH B KJIICTKY.

[{enTpanpHas 4yacTh Mopsl ruapodibHas. OHA y3HAET U MO3BOJISICT MPOXO-
JUTh Yepe3 TOPY TOJILKO MOHAM OIPEACICHHOTO THUIA. JTa CIIOCOOHOCTH TIOP
OTIpeJIeISIETCS CeTIEKTUBHBIM (QUIBTPOM. [[pyrue nOHBI HE TPOXOAST Yepe3 Mo-
Py KakK HEMOAXOISIINE 110 pa3Mepy WU 3apsiy.

Emte onHa yacTh KaHajma UTpaeT poib «BOPOT» WM «KATUTKW». TOIBKO KO-
I/1a BOPOTAa OTKPBITHI, HOHBI, Y3HABAEMbIE CEIICKTUBHBIM (DUIBTPOM, TPOXOJISAT
yepe3 KaHal. BopoTa OTKpBIBalOTCS B OTBET Ha Pa3HOOOpa3HBIE CTUMYIIHI,
BKJIFOYAs] U3MCHEHUE BEJMYMHBI MEMOPAHHOTO MOTEHIIMAIA WU TIPUCYTCTBHEC

129



OIpE/IETICHHBIX BEIIECTB BHYTPU WIN CHAPY>KU KIIETKH.

Cpenu Bcex TUIIOB KaHAJIOB HauOoJiee M3y4YE€Hbl BOPOTHBIE KaHAJIbI, XapaK-
TEPU3YIOIINECS HAIMYMEM CTPYKTYPHOTO 3JIEMEHTAa — CEHCOpa, KOTOPBIM Mo-
XKeT OBbITh INOO CEHCOPOM HampsDKEHUS, MO0 ceHcopoM nuranna. [lpu coot-
BETCTBYIOILIMX MU3MEHEHMSX HANpPsDKEHUS WIA B MPUCYTCTBHH COOTBETCTBYIO-
HIET0 JIMTaHJa «BOPOTa» OTKPhIBatOTCA. OOBIYHO 3TO 03HAYAET, UTO YBEIUYHU-
BaeTcs JMO0 YacToTa CIIOHTAHHBIX OTKPBITHUI KaHaia, JUOO BpeMsl HaXOXK[e-
HUS KaHaja B OTKPBITOM COCTOSIHUU. B pe3ynpTaTe KaHal OTKPBIT AOJBLIE U,
CJIEOBATEIILHO, YEPE3 HErO MPOXOAUT OOJbIIEE YUCIIO MOHOB 3a KOHKPETHOE
BpEMSI.

5.5.3. lNoTeHuman-ynpaBnsemMblie KaHanbl

[ToTenman-ynpasisieMble HOHHBIE KaHalbl MPEACTABISIOT COOOM HOH-
CEJICKTUBHBIE OEJIKOBbIE KaHaJbl, HAWJEHHbIE B OaKTEpHUSIX, dyKapuoTax U BU-
pycax. [loTeHuunan-ynpasisieMble KaHaJIbl UMEIOT OOIIYI0 JOMEHHYIO CTPYKTY-
py (puc. 5.11, a). Yame Bcero JOMEH COCTOUT U3 ILIECTU TpaHCMEMOpaHHBIX
crvpaneii, Bkmouas S5, P-nermo u S6. B K'-kananax u 6axkrepuansaom Na'-
KaHaJie 3TUMHM JOMEHaMH SBIIIOTCS YEThIPE OTIEJIbHBIX MOJUMNENTHIA, KOTO-
pbie cBA3anHbl HekoateHTHO. Na' n Ca’'-KaHambl COCTOAT M3 YeThIpeX Mo00-
HBIX, HO HE WJEHTUYHBIX JIOMEHOB, KOBAJEHTHO COCAUHEHHBIX B OTIEIBHBIN
nomunenTtua. lloreHnuan-ynpapnsiemple KaHajdbl HMEIOT JIOHOJHUTEIbHBIC
CHeUaIN3upPOBaHHbIE JOMEHbI W/WIH CyOBbEIUHUIIBI, HO OCHOBHBIE (DYHKIIMH
BBITIOJIHAIOT YETHIPE IIaBHBIX JOMEHA.

P-tietns u cermenTsr S5 1 S6 KaxI0TO JOMEHA Yy4acTBYIOT B (hopMHUpPOBa-
HUU TIOPBl U CEJEKTUBHOTO (UiIbTpa. MHOTOYUCIIEHHBIE JOKA3aTelbCTBA YKa-
3BIBAIOT Ha S4, KaK Ha 4acTh CEHCOPA HAIPsDKEHUS, KOTOPBIA COTPATAeT Mpo-
LECCHI ICTIONSIpU3A[MU MEMOPAHBI U OTKPBITUS KaHAJIA.

B noreHuman-ynpapisgeMbix KaJIUEBbIX, KAJTBLUEBBIX U HATPUEBBIX KaHAax
YEeTBEPTHIA TpaHCMEMOpaHHBIM JOMEH (CEerMEHT), 0003HaYaeMblii Kak S4, co-
JEPKUT TOJIOXKUTEIIBHO 3apsKEHHBIE OCHOBHBIE AMUHOKHCIIOTHI, JIN3UH WIIU
apTrUHUH, JIOKAJIU30BaHHbIE B KaX/I0H TpeThel MO3ULKHU BIOJb alibha-crupaiu
(puc. 5.11).

OTHU NOJOKUTENIbHbIE 3apsIbl «UyBCTBYIOT» U3MEHEHUS BEIMYMHBI TPaHC-
MeMOpaHHoro moteHiuana. OTpulaTeTbHbI BHYTPEHHUN MEMOpaHHBINA I0-
TEHLHAJ CTAaOMIIM3UPYET 3aKphITOE COCTOSIHUE KaHalla. B oTBeT Ha genosspu-
3alMi0 MeMOpaHbl criupanb S4 noBopauduBaeTcs npumepHo Ha 180 rpamycos,
NEePEHOCs TMOJIOXKUTENbHBIE 3apsAbl ONM)KEe K BHEIIHEH CTOpOHE MeMOpaHsbl.
DTO nepeMenieHue CONPsHKEHO C OTKPBHITUEM AaKTUBHUPYEMBIX BOPOT KaHaja.
BeposTHOCTh OTKPBITHS 3THX KaHAJIOB SIBJIAECTCS PYHKIUMEH HANPSHKEHMUS.
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Puc. 5.11. Cencop HanpsiKeHUs1 OTEHIUAI-YIIPaBIsSEMOr0 KaHaa:
a — oTAeNbHas CyObeIMHNIIA KAIMEBOTO KaHaa (WM OTJEIbHBI MOTUB B
HATPUEBHIX WJIN KaJbIIEeBhIX KaHanax), 0 — K u R 00o3HagaroT MM3nHOBBIE I
ApPTUHUHOBBIC OCTaTKH B CEHCOpE HampsykeHus S4

[lepexon MeXAy OTKPBITBIMH U 3aKPBITBIMU COCTOSIHUSIMH B IPOCTBIX I10-
TEHIUAJI-YTIPABISIEMbIX KaHajgaX 00ECIeUUBAETCS MEPEXOIaMU TOJIBKO MEXKITY
nByMsl KoH(popmanusmu Oenika. CroKHbIe KaHaJbl IEPEKIIIOYAIOTCS OT 3aKphl-
TOI'O0 COCTOSIHUSA K OTKPBITOMY, 3aT€M K MHAKTUBUPOBAaHHOMY, 3aTE€M Ha3al K
3aKpbITOMY 0€3 BO3BpaTa K OTKPHITOMY COCTOSIHUIO

BpemeHHast 3aBUCHMOCTb TOKA SIBISAETCS PE3YJIbTATOM CIy4alHOT'O OTKPbI-
TUS ¥ 3aKpBITUS OJIMHOYHOTO KaHana (puc. 5.12). Korja HaTpueBsIii KaHAT OT-
KPBIT, OH TPoBOAHT HOoHBI Na* co ckopocThio mpumepHo 36-10° nomoB B ce-
KYH]y, UTO OIIPEAENSAET TOK BEIMUNHON 6 TA.

0 —emer — ~ KaHan
< 3aKPBIT
= 44
g N KaHal
= g - ~ OTKPBIT

T T s
0 100 200
Bpewms, mc

Puc. 5.12. Peructparnius Toka uepe3 OJUHOYHBIN KATHOHHBIN (HATPUEBBI) KaHAT

Jlonst BpemMeHH, B TEUEHHE KOTOPOrO KaHajl OTKPBIT, ONPEAECISAECT HOHHBIN
MOTOK JUISl 3aJJaHHOr0 KaHasla. Tak Kak KaHajbl AEMCTBYIOT HE3aBUCUMO JIPYT
OT Apyra, TO 00N MOHHBIA TTOTOK Yepe3 MeMOpaHy 3aBUCHUT OT YMCJIa KaHa-
JIOB, OTKPBITBIX B IAHHOE BPEMSI.

Ecnn kaHa B OTKPBITOM COCTOSIHUM HAXOAUTCSA B TEUCHUE HECKOJIBKUX
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MUJUIMCEKYHJI, TO HOHHBIA COCTaB LIUTOILIA3MBI, 4, CJIEA0BATEIBHO, U HOHHBIC
I'PAaJUEHThl NPAKTHYECKU HE U3MEHSIOTCS. [[IUTEeNbHOE OTKPBITHE B TEUEHUE
JIECATKOB MUJUIMCEKYHJ MOXET U3MEHATh HOHHBIA cocTaB KieTku. Hanpumep,
MOTEHIHAI-yIpaBasieMbie Ca’'-KaHANbl OCTAIOTCS OTKPBHITBIMH JOCTATOYHO
JIOJITO JUTS TOTO, YTOOBI H3MEHHTH KOHIIGHTPALHIO BHYTPHKIeTodHOro Ca’™,

B HEKOTOpBIX Ciy4asx MPOLECC, HA3bIBAEMBI WHAKTUBALMEHN, IPEPHIBAECT
IIOTOK MOHOB 4Y€pe3 aKTUBHbIC KaHAIbI. [[0IBM>KHBIE IUTOIIIA3MAaTUYECKHUE J10-
MEHBI UHAKTUBHUPYIOT IMOTCHIMANI-YIIPABIIIEMbIE KaHAJIbI, 3aKYIIOPUBAsl OTKPbI-
Tyl0 nopy. boisblmne opraHndeckue WIM HEOPraHWYECKHE HOHBI, HapUMEp,
noauaMuEsl Wi Mg®*, MOryT Takoke GIOKMPOBATH OTKPBITHIC KAHAIBI, 3aKPbI-
Basi BXOJl. JIoKanbHbIE aHECTETUKH SABIIAIOTCA (PAPMaAKOIOTHYECKUMHU OJIOKATO-
pamu KaHanoB. MecTa CBsI3bIBaHUS OJOKHPYIOIIMX MOHOB MOTYT HaXOIUThCS
CHapy’K{, BHYTPH WM [0 00EUM CTOPOHAM MEMOpaHbl, B 3aBUCUMOCTH OT Ka-
Haja. MHakTUBanus KaHaja IIepeBOJUT KaHajl B COCTOSHUE, HEYYBCTBUTEIIBHOE
K U3MEHEHUIO BHEIIHUX YCIIOBUM.

C npuMeHeHueM Merona (pUKcalUy NOTEHIMala MOYKHO HOJYyYUTh 3aBUCH-
MOCTh TOKa 4epe3 MeMOpaHy OT HaIpsDKEHUs, IPUIIOKEHHOro K MmeMOpane. B
MeMOpaHax KJIETOK COAEPMATCS pa3InYHbIe TUIIbI HOHHBIX KAHAJIOB, U PE3YJib-
TUPYIOIIMI MEeMOpaHHBIM TOK OyJIeT MpeJICTaBIsATh CyMMY TOKOB BCEX KaHa-
JIOB, aKTUBUPYEMBIX IIPU U3MEHEHUHU TpaHCMEMOpaHHOro noreHnuana. Cuemo-
BaTEJIbHO, KaK TOJbKO B SKCHEPUMEHTE OJOKUPYIOTCS BCE KaHAJIbI (C UCHOJIb-
30BAHHMEM JIEKAPCTB MJIM HEMPOHUKAIOIINUX NOHOB), KPOME U3y4aeMOro KaHana,
MeTOo[l (PUKCALUY MTOTEHIIMAJIAa MOKET ObITh UCIOJIb30BaH JJIs1 U3MEPEHUS 3aBU-
CUMOCTH TOKa OT BPEMEHH U OT IMPUJIOKEHHOTO MOTEHILIMaja JUisl BBIOPAaHHOTO
tuna kanana (puc. 5.13).

o
S rel

1.0

0.5

Haxnon = G max

Puc. 5.13. 3aBUCUMOCTH BEPOATHOCTH OTKPBITHUS (@) U TOKA OT HAmpsi-
KeHUs (0) JUTsl KaTUeBhIX KaHAIOB B MeMOpaHe

Toxk uepes kanueBble KaHaIbl B MEMOpaHe paBeH
IK = Gmax “Orel - (V_ EK);
rie Gmax — MakCHMajJIbHOE 3HAYCHHE IPOBOAUMOCTH, Jref — OTHOCHUTEIIbHAS
IIPOBOAMMOCTE, V — TpaHcMeMOpaHHBIA MoTeHIal U Ex — paBHOBECHBIN Ka-
JIMEBBIN ITOTECHITHAII.
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KanuneBble noreHnmnaa-ynpasJjsieMble KaHaiabl. KaineBble kaHaibl odec-
NEYUBAIOT TIOTOK MOHOB Kajlusl yepe3 MeMOpaHbl KJIETOK M CYUIECTBEHHBI IS
reHepaly 3JIEKTPUUYECKOro TOKa uyepe3 Bo30yauMble MemOpaHbl. Kanuesble
KAaHAJIbI SBJIAFOTCS TAK)KE MULIEHSIMHU JUIS PAa3JIMYHBIX PETYJIATOPHBIX COEIUHE-
HUU, JIEKAPCTB, TOKCUHOB.

Ha ocHoBe nmeromumxcsi JaHHBIX 0 (U3MKOXMMHUYECKUX CBOMCTBax OenKo-
BBIX MOJIEKYJI M X PACTIONIOXKEHUH B MeMOpaHaxX KaJlueBble KaHabl Pa3AeieHbI
Ha yeTkIpe kiacca (puc. 5.14).

MH,

Puc. 5.14. Yetsipe Kacca KaTMeBbIX KaHAJIOB!
a — 2TM/P-kanansr;, 6 — 6TM/P-kanainsr; ¢ — 8TM/2P-kanansr; 2 — 4TM/2P-kananst

2TM/P-kanansl cocTosT U3 ABYX TpaHcMeMOpaHHbix (TM) crimpasiei ¢ neT-
neii P mesxay Humu. Ilpumepamu Takux kaHanos ciayxkaT K'-kaHanbsl ¢ BHYT-
PEHHHM BBITIPSMIICHUEM U OakTepuaabHble KaHalbl, Takue kKak KcsA. 4TM/2P-
KaHaJIbl COCTOST M3 ABYX NMoBTOpoB 2TM/P-kananoB. 6 TM/P-kanansl — npeo0-
JaJaroUIMil KJIacc Cpeau MOTEHUUAI-yNpaBIsIeMbIX W JIMTaHA-yIpaBiIseMbIX
K"-kananos. CermeHT S4 0603HaYEH 3HAKAMH «+», YTOObI TI0KA3aTh ET0 POJIb B
YYBCTBUTENLHOCTH K IIOTEHIMANy B IIOTEHIHMAaN-3aBUCHMBbIX K'-kaHamax.
8TM/2P-xananbl npeAcTaBisiioT cobor rudpumsl 6TM/P- u 2TM/P-kaHanos
(maiimensl BepBbie B Apoxokax). Kananel tuma 8TM/2P u 4TM/2P pacnona-
ratoTcsi B MeMOpaHe, o-BUANMOMY, B BUJI€ TUMEPOB, (POPMHUPYIOMINX KAHAJIBL.
[Tocneanue mpeacTaBisiioT cOOON Tak Ha3bIBa€Mble KaHAIbl YTEUKHU, SBISIO-
HIMecss MULICHSIMH MHOTOYMCIICHHBIX aHecTeTUKoB. P; u P, o6o3HauatoT nBa
THUIIA TIETEIb MEXAY cnupayiiMu B kaHainax 8TM/2P u 4TM/2P.
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Bce usBecTHbIE noTeHIMan-yrpasisemble K kanassl coOuparoTcs U3 yeThl-
pex o-cyObeIMHULL. DTU TeTpaMepbl UMEIOT NMPOGUIIL KBaipaTa, OKPYKarolero
LHEHTPAIbHYIO MOPY.

KcsA, K'-kanan ¢ 1BymMs TpaHCMeMOPAHHBIMH CETMEHTAMHU B 3yOaKTepHH
Streptomyces lividans, cocTouT u3 4eThIpeX HISHTHYHBIX CyOBEIMHHMII, KaXaas
C IBYyMsI TpaHCMEMOpaHHBIMHU CIHPAJIAMU, COSAMHEHHbIMU meTieit P. Tpanc-
MeMOpaHHBIE CIHMPAIM IUIOTHO YHaKOBaHbl BMECTE€ HA IUTOILUIA3MAaTHUECKOMN
CTOpOHE OHCIOSl, HO Pa3HECEHbl APYr OT Jpyra Ha BHEKJIETOYHOW CTOPOHE,
co3/1aBasi MPOCTPAHCTBO JJIsl MOphI U (uibTpa cenekTuBHOCTU. Hambomnee ys3-
Kas 4acTh MOPBI (POPMHUPYETCS MOCIETOBATENFHOCTBIO U3 TPEX aMHUHOKHCIOT-
HeIx octatkoB (GYG), HaiinenHoit Bo Bcex K'-kanamax. KapGoHWIBI 3THX
AMUHOKHCIIOTHBIX OCTATKOB BBICTWJIAIOT MOPY JUIMHOU 1,3 HM 1 nuamerpom 0,2
HM.

B pactBope kaxpiii von K™ okpykeH BoceMblo MoJieKysiamu Bozsl. Kormaa
TUJIpaTUPOBAHHBIA MOH NpUOIMKAETCs K GUIBTPY CEIEKTUBHOCTH, MOJIEKYJIbI
BOJ/IbI OTPBIBAIOTCS U (PYHKIIMOHAIBHO 3aMEIIAIOTCS KUCIOPOJOM KapOOHUIIb-
HBIX TPYII aMUHOKHUCIIOT, KOTOpbIe (DOPMUPYIOT CEIEKTUBHBIN (HUiIbTp. MoHBI
K" BXOZAT HACTONBKO MIEATBHO, YTO aTOMBI KHCIOPOA 3aMEIIAI0T MOJIEKYIIbI
BoJbI B 060osouke K™ Ge3 3aTpar sHepruu, B T BpeMs Kak MEHbIIUE 110 Pa3Me-
pam nonsl Na" cBsa3bIBatoTCsA GoJlee CHIILHO CO CBOEH TMApPATHOM 0GONOUKOI,
4eM ¢ mopoit (puc. 5.15).
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Puc. 5.15. Nonwt K" u Na* B kanueBoM kanane (B CBEPXY):
a — HOH KaJlus B BOJIE, 6 — WOH HaTpusd B BOJAC, 6 — NOH KaJIMid B Ka-
HaJI€, ¢ — MOH HAaTpUA B KaHAJIC
B cenekTHBHOM (HIBTpE CBA3BbIBAIOTCS ABa MoHA K’ M KaxIplil U3 HUX OK-
PY’KEH BOCEMbIO aTOMaMM KHCIIOpOJa KapOOHUIBHBIX Tpynn. Takas KoopAu-
HallUs 00eCTIeYNBaET BHICOKOE CPOICTBO MECT CBA3BIBAHMS /1 MOoHOB K,
JlokanbHas KoHueHTpauus noHoB K' B cenekTuBHOM (DUIBTpE MpeBbILIAET
KOHIICHTPAITUIO STUX MOHOB BHYTPH WJIHM CHApPYXH KJeTku Oosee, yem B 10 pas,
Tak 4TO (GUILTP AEHCTBUTENBHO KOHIEHTpupyeT monbl K'. OmHako 710 He
npensaTcTByeT auddy3un depes mopy, Tak Kak 3JIEKTPOCTATUYECKOE OTTAJIKHU-
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BaHWE OJM3KO PacCHoONIOKEHHBIX M OJIMHAKOBO 3apsHKEHHBIX HOHOB MPUBOJUT K
UX PaCX0KJIEHUIO, YTO 00ECIIEYNBAET BHICOKYIO CKOPOCTh MPOXOKICHHSI HOHOB
yepe3 GuibTp.

HaTtpueBble noTeHIuAaI-ynpas/isieMble Kanaabl. Na'-kaHan npeacTapis-
eT co00il OTACNbHYIO MOJUMENTHAHYIO LEeMb (0-CyOBheAUHHUILY), COACPKAIIYIO
YETHIPE TTOBTOPSIOMIMXCS JOMEHA, KQXKIIBIH U3 KOTOPBIX COJICPKHUT BCE CITUPATTU
ot S1 g0 S6, a Takxke P-netmo. benok Becom mpumepHo 260 kJla cogepx uT ot
25 % 10 30 % yraesonoB. Hekotopsie Na'-kaHabl cofepkaT TakKe OHY WITH
nBe HeOosbmue (39 k/la) B-cyObenuHuUIbl. [1-CyObeIUMHHUIIA TTPUKPETUISIETCS
HEKOBAJICHTHO K O-CYOBEAMHUIIE, B TO BpeMsl KaK [3,-CyOBbeauHUIIA MPUKPETI-
JISIETCSL KOBAJIGHTHO uYepe3 TUCYIbPUAHYIO CBS3b. P1- U Po-CyObeIUHUIIBI TIIU-
KO3WJINPOBAHBI B HECKOJIBKUX MECTaX.

HauGonee BeposTHOE pacnosoxkeHue cyobequaui Na'-kaHana B HelipoHax
MO3ra IPOUJUTIOCTPUPOBAHO Ha puc. 5.16.

AMMHOKHUCIIOTHAs TocleoBaTenbHocTh B Na'-kaHane o6o3HaueHa y3Koif
JUHUEH, JIMHA KaXKJI0ro CerMeHTa MPUOIU3UTEIBHO MPOMOPIIMOHAIBHA €ro
JUTMHE B MoJieKyJie. TpaHcMeMOpaHHbIe O.-CIIUPAJIA MOKAa3aHbl B BUJIC IWJIMH/I-
poB. OcTaTku aMWUHOKHCIOT, BAXKHBIC IS BBIMOJHEHUS CIEIHUPUICCKAX
(GyHKUHIA, UMEIOT CIIEAYIOIIe 0003HAYEHUS:

«++» — TIONOXKUTEIBHO 3apsSHKECHHBIC CEHCOPHI HAIPSKEHUS B TPAHCMEM-
OpaHHBIX cerMeHTax S4,

O— ocTatku, HEOOXOAUMEIE U CBA3LIBAHMS SA0B U UX 3apsANOBBIE XapakK-
TEPUCTUKHU, TTIOKA3aHHBIC 3HAKAMHU «-», «1»;

- ocraTku, HEOOXOTHUMBIE TS OBICTpOI MHAKTHBAIIUY;

@ — mecra, hochopunupyembie TAM®D-3aBUCUMOI TPOTEMHKUHAZOM;

— mecTa, pocopunpyemblie npoTenHkrHazoi C.

Bonbiias yacth yrieBosoB Ha CyObEIMHMIIE KaHaja — 3TO OCTaTKU CHUAJIO-
BOW KHCJIOTHI, HECYILHE 3HAUYUTEIbHBIA CYMMapHBIA OTPULATEIBHBIA 3apsil.
['muko3mnupoBanue HEOOXOJUMO JJII HOPMAJbHOTO OMOCHMHTE3a U COOpKH
(GYHKIIMOHATBHBIX KaHAJIOB B KJIETKaX. ECIM TIIMKO3UIMpOBaHUE WHTHOUPYET-
Csl, TO BHOBb CHHTE3UPYEMBIE O-CYOBEAMHHIIBI OBICTPO NETPATUPYIOT M HE
BCTPAMBAIOTCS B TOBEPXHOCTHYIO MEMOpPAHY KIIETKH.

CxeMa (yHKIIMOHUPOBAHUS TMOTEHIIMAI-3aBUCUMOTO HATPUEBOTO KaHAaJa
npuBereHa Ha puc. 5.17. B 3akpsiTom coctosiHun (0003HaYUM €ro Kak KOH-
dbopmanronHoe cocrosiHue |) BopoTa kaHana 3akpbeIThl. Kpome TOro, 3aKphITOE
COCTOSIHUE 00ECIEeYMBACTCS TAKKE B3aUMOJCHCTBUEM UETHIPEX MOJTOKUTEITHHO
3apsHKEHHBIX MMOTEHIIMAI-9yBCTBUTEIIBHBIX O-CIIUpANiel ¢ OTPUIIATEIILHO 3apsi-
YKEHHBIM UHTEPHEPOM IOKOSIIEHCS KIeTKH. KaHam-nHaKTHBUPYIOMIUNA CETMEHT
pacroaraercsi B IUTO30J1€.
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Puc. 5.16. CTpykTypHas MOJie/Ib HATPUEBOI'O KaHaa:

@ — TOTIOJIOTHYECKast MOJIeb HATPHEBOI'O KaHalla B HEMPOHaX MO3ra KPbIChI, HILTOCTPH-
pyrolIasi BEPOSTHYIO TPAHCMEMOPAHHYIO OPUEHTAIMIO TPEX CyOBbEeIMHUII, OJTUIOcaxa-
puasbie nenu U tAM®-3aBucumMbie Mmecta Gochopuirpobanus (D); 6 — Bux aHdac Oen-
Ka C BHYTPHKJIETOYHOI CTOPOHBI, WILTIOCTPUPYIOIINH (GOpMHUPOBaHHE TpaHCMEMOpaHHOI
WOHHOH TOPHI B CEpeINHE U3 YETHIPEX TPAHCMEMOPaHHBIX JOMEHOB O-CYOhEINHUIIBL; 6 —
MOJieJIb TPAHCMEMOPAHHOTO PacToNokeHus o- U B-cyonbeuuun B Na'-kanane

Ha HauanpHOM cTagnu Aenospu3auid MeMOpPaHbl (CTausl a) BHEIIHSS TO-
BEPXHOCTh 3apspKAeTCsl OTPUIATEIBHO M TMOTEHIIMAI-4yBCTBUTEIBHBIC Ol-
CIIUpaJId TIEPEMEIAIOTCS K BHEITHEH TOBEPXHOCTH MeMOpansl. [lepexon B HO-
BOo¢ KoH(popMalnmoHHoe cocrosinue (cocrosaue |l) ¢ mepemeniennem Bopor, 3a-
KPBIBAIOIIMM B COCTOSIHMM | BHYTPEHHHI BECTHOIOIH MPOUCXOIUT 3a BpeMms,
menbiee 0,1 Mc, U COMPOBOXKIAETCS OTKPHITHEM HATPUEBOTO KaHama. MOHBI
HATpHUS 4Yepe3 OTKPBHITHIA KaHAJl TEPEHOCITCS BHYTPh KIETKH. B TedeHue
0,51 mc (cTamus Aenosspu3anui MeMOpaHbl 6) MOTEHIMAI-UyBCTBUTEIHHBIC
CIIUpAJId BO3BPAIAIOTCS B MOJIOKEHUE, KOTOPOE OHU 3aHUMAIH B TIOJIOKCHHUH
MOKOSI, IPEeIOTBpaIas JajibHeiIIee IBIKCHIEe HOHOB Yyepe3 KaHai. Kanan or-
penenenHoe BpeMs (pedpakTopHbIi Mepro) OyJaeT HaXOJUThCsA B KOHpopMa-
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uuoHHoM coctosinuu 1. Ilpu 3TOM KaHan-MHAKTUBHUPYIOUIUMN CErMEHT 3a-
KpbIBa€T BHYTPEHHUI BECTHOIOJIb KaHala (MHAKTUBUPOBAHHOE COCTOSIHUE).
Takum 006pa3zoM, Bo BpeMs HaxoxkaeHus kaHana Bo |l u 1l kondhopmanimoHHbIX
COCTOSIHUSX MeMOpaHa ocTaeTcs Ienosipu3oBanHoi. Ha ciemyroreit ctaanm 6
JUTUTEIHHOCTHIO B HECKOJIBKO MIJITUCEKYH/T KaHall U3 KOH(OPMAIMOHHOTO CO-
crostaus |11 Bo3Bpammaercst B coctostaue |. 310 00yciioBIeHO Tem, 9TO0 MeMOpa-
Ha pernoyisipu3zyercs (MOTEHIIMad BHYTPH KIETKH OISITh CTAaHOBUTCS OTPHUIlA-
TeIbHBIM). BopoTa 3akphiBatoTCs, a KaHaI-WHAKTUBHPYIONIUNA CETMEHT Iepe-
MEIIAeTCs B IIUTO30J1b. belok BO3BpaIlIaeTCsl B MCXOJHOE, 3aKPBITOE COCTOS-
HUE, U3 KOTOPOTO OISITh MOXKET TIEPEUTH B OTKPHITOE COCTOSIHUE NP JCTIONS-
pHU3al MEMOpaHBI.

VY no3BoHOYHBIX BcTpedaercst O6osnee 10 uzodopm HaTpUEBBIX KaHAIIOB, OT-
JUYAIONINXCS 0 YYBCTBUTEIBHOCTH K AHECTETHKaM, HEHMPOTOKCHMHAM M CO-
JIEpKaIUX OT TSATH 10 CEMH MECT, IpH (pochoprIMpoBaHUN KOTOPBIX PEryJiu-
pyeTcsi aKTUBHOCTh KaHAJIOB.

Cranus a Cranus 6

—_— ey
JenomapusosanHas MeMOpaHa

e

IPGHOJ‘IHPI/ISEILIHH MeMOpaHbl, CTaaus 6

Puc. 5. 17. Cxema pyHKIMOHHPOBAHUS MOTEHIMAT-3aBUCUMOI0 HATPUEBOTO KaHaa:
1 — voH-cenexkTUBHAA MMOPA; 2 — CEHCOP HAIPSDKEHUs; 3 — BOpoTa; 4 — KaHaj-
WHAKTUBUPYIOUINHA CErMEHT; 5 — BHYTPEHHUH BeCTUOIONb; 6 — BHEITHUAN
BECTHOIONIb

KajbuueBble MOTEHIHAT-YOPaBIsieMble KaHAIbl. Ca’ -KaHAI 110 CTPYK-
Type nogoben Na'-kanamy. DTu GelKOBble KaHAIbl MPECTABIAIOT COOOM
CTPYKTYpPbl U3 Te€TepOTETPaMEPHBIX €IUHUII, YKBHUBAJIECHTHBIE TOMOTETpamep-
HBIM CTPYyKTypaM OonbinuHcTBa K'-KkaHanos. Bce yeThlpe CTPYyKTYpHbIE €/1M-
auibl Ca’*-kaHanoB, kak 1 Na'-KaHao0B, TOMOJIOTHYHBI OTICIBHON SIMHALE B
TOMOTETPAMEPHBIX K'-kanamax. Heromojorundmbie B-cyObennHUIIBI Na'- u
Ca”*-KaHAJIOB BBITIOIHAIOT PEryISTOPHBIC (QYHKIIHHL.

CxeMa pacronoxkeHus cyobeanaur Ca’ -KaHaIa OTHOCUTEIBHO JTHIHIHOTO
oucioss mokazaHa Ha pwuc. 5.18. [unuHApPHI TpeACTaBISIOT CcO00W O-
cuupajibHble cerMeHThl. lleHTpanbHas cyObeauumna (o) coctoutr u3 24
TpaHCMEMOPAHHBIX CIHpaJIei, COSAUHEHHBIX TETISIMU, U OOJIBIIIOTO TOJTUIICTI-
TUJHOTO Y4acTKa, paclojOKEHHOTO B IuToIiasmMe. Benomorarenbabie cyone-
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auHuIbl (0, O, B U Y) OKpyXalT CyObeauHHUIly, (HOPMHPYIOIIYIO IIOPY.
CrutoniHple TUHUYU — TTOJIUTICTITHIHBIE TIETH, TMHA KaKIOTO y9acTKa KOTOPBIX
IpUOIU3UTENBHO MPOTMOPIMOHATbHA JUIMHE aMUHOKHUCIOTHON MOCJIEeI0BATEb-
HoctH. Cyobequaumbl o, & 1 y Ca’*-kaHana mepecekaroT JIMIMIHBIA GHCIIOMN,
CyOBEeIMHUIIA 0 PACIIOIOKEHA CHAPY>KM MEMOpaHbI, a CyObeIUHUIIA [ HAaXO-
JUTCSI B IIUTOTLIIA3ME.

CHapyxxu

T o

[
o

BuyTtpu
NH; COOH
? /u COOH
NH,
HOOC NH 5 'COOH

2+
Puc. 5.18. TpancMeMOpaHHast OpraHU3aIys MOoTeHITMA3aBUCUMBIX Ca” -KaHAIOB

Ca’*- u Na'-KaHambl HMEIOT PSI CYIICCTBEHHBIX OTINUHiL. o1-CyObeuanIa
Ca”*-KaHAIIOB aHAJIOTHYHA TI0 CTPYKTYpe a-cyObeautuie Na'-kanamos. Ca’'-
KaHajbl HEHUPOHOB HMMEIOT aCCOIMUPOBAHHBIC C O-CYOBCAMHUIIECH O- U O-
CyOBeAUHUIIBI, KOTOpbIie (OPMHUPYIOT CBA3AHHBIM TUCYIbPUIHBIMU CBSI3SIMU
TpaHCMEMOPAHHBIA TJIMKOTPOTEHHOBBIM KOMIUIEKC, a TaK)Ke BHYTPHKJIETOY-
HYI0 B-cyObeauuuiy. JJOnoMHUTeIbHbIe CyobeauHubl Ca’ -KaHaIOB He COOT-
BETCTBYIOT P-cyOnenunuie Na'- kaHaos.

[loxo6HO moTeHImMan-ypasisseMsiM Na'-kanamam Ca’' -KaHaIbI aKTHBHDY-
I0TCS TIPU JICTIONSIPU3AIIMA MEMOPAHbI, 1 NHAKTUBUPYIOTCS M BO3BPAIIAIOTCS B
COCTOSIHHE MOKOS, KOraa MeMOpaHa pemomsipusyercst. Muakruparums Ca’'-
KaHaJoB — GoJiee MeIEHHBIH Mpoliecc, ueM nHakTuBanus Na'-kaHasos.

VcraHoBieHo mecTh Knaccos Ca’ -kananos (L, N, P, Q, R u T). Onu pas-
JIeTICHBI Ha JIBE KaTETOPHUH: KaHAJIbI, aKTUBUPYEMbIC TP HA3KUX HAIPSHIKEHUSIX
(LVA), u kananbl, akTuBUpyemble Tipu Bbicoknx HanpspkeHusx (HVA). Ilep-
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BYIO KaT€TOPHIO MPEACTABISIET TOIbKO OJIMH T-TUI KaHANOB. DTH KaHAJIbI aK-
TUBHUPYIOTCS W MHAKTUBUPYIOTCS MPU MaJbIX U3MEHEHHUSIX MEMOpaHHOro Io-
TEHLIMaJa, MPOSIBISIOT HU3KYI0 MPOBOIUMOCTh (~9 nCM), U yepe3 HUX TEKYT
MaJible TOKH.

L-, N-, P-, Q- u R-TUIbI KaNbIIMEBBIX KAHAJIOB OTKPBHIBAIOTCS MPU 3HAYH-
TeNBHON Jenojspu3anuu MeMOpaHHoro moTeHnuana (<—20 mB), WHaKTHBH-
pyIOTCs B IMPOKOW obsiactu HanpspkeHui (ot —10 go —120 MB), ux ckopoctu
3aKpbIBAHMS M WHAKTUBAIMU BAPBUPYIOT OT CPEJHUX MO BEIUYUHE JO MAaJIbIX
3HAUYEHUN TIOTEHIIMANIA, U BCE OHU XAPAKTEPU3YIOTCS OOJBIION MPOBOJAUMO-
cThio kaHana (ot 13 no 25 nCwm). Jansueimas kinaccudukanus HVA-kananos,
KaK ¥ MOHHBIX KaHAJIOB JAPYTHX THUIIOB, MPOBOJAMUTCS HA OCHOBE MX YYBCTBU-
TEIBHOCTH K PA3IMYHBIM OPTaHHYECKHM O10KaTopaM Ca’ -KaHAIOB, IEIITHI-
HBIM TOKCHHAM, IMBAICHTHBIM HoHaM, TakuM kak Ni‘* u Cd**. K Hacrosmemy
BpeMeHU oOHapy:keHo cBbIlie 20 n30popM Kak oy-CyObEeIUHUL, TaK U JAPYTUX
(BcrioMoOTraTeIbHbIX) CYObEAMHUIL B Ca”*-xananax.

XJ10pHbIe MOTEHIHMAT-YIIPaBJsieMble KaHAJbI. XJIOpHbIC KaHaJbl HaiiJie-
Hbl Y BCEX YXMBOTHBIX, OakTepuil U B Apyrux opranuzmax. Cpeau (QpyHKIUH,
BBIMOJIHACMBIX JICBATHIO HaleHHbIMU Yy uenoBeka Cl -kanamamu, — peabcop0-
LU COJIEH B MOYKAX, MBIIIEYHOE COKpPAILEHUE (COXpAHEHHE TPAHCMEMOpPaHHO-
ro NOTEHIMANa), 3aKUCICHUE SHA0COM U JpYyTHUe.

Xnopublie kaHabl (00b1uHO 0003Ha4Yar0TCs ClC) SABISIOTCS O-CITUPATbHBIMU
MeMOpaHHBIMU Oelkamu, Tiepecekaromumu Mmemopany 10 wim 12 pa3 B 3aBuU-
CUMOCTH OT Tumna kaHana. O0a TepMHUHAIBHBIX JIOMEHA XJIOPHBIX KaHAJIOB Y
MieKonuTaromux — N-TepMUHANBHBIN, COAEpXKAIIU B 3aBUCUMOCTH OT TPHU-
poJibl OeKoBOM MOJIeKy bl TpuMepHO 50—130 aMUHOKHCIOTHBIX OCTaTKOB, U
C-tepmunanbHbIA, 1THHON B 170—420 aMHMHOKHCIOTHBIX OCTaTKOB, HAXOMSTCS
B nuroruiazme. Tomosorust CIC-kananoB B MeMOpaHe HE yCTaHOBJICHA. DTH
KaHaJIbl MPEJCTABIISIIOT COOO0M IBYXITOPOBBIE TOMOIUMEpPHI (puc. 5.19).

Bce u3BecTHBIC KATUOHHBIC O-CITUPAIbHBIC OCIKU MOHHBIX KaHAJIOB (hOpMU-
PYIOT OJIHOIIOPOBBIN onuromep 4-, 5- U 6-KpaTHOM CUMMETPHUHU, B KOTOPOM I10-
pa HaxOJIUTCS BAOJh OCH CUMMETpHH onmuromepa (puc. 5.19, a, BBepxy). B To
e BpeMs JIBYXIOpOBasi KOHCTPYKIIHMS FOMOJMMEpa UKTYET CBOM OCOOEHHO-
ctu crpoenusi ClC-kanana. B gacTHOCTH, YMCI0 aMHHOKHCIOTHBIX OCTATKOB,
BBICTUJIAIOIINX TOPY, AOHKHO OBITH OOJBIINM, & CAMU OCTATKH JOJIKHBI MPHU-
HaJIJIeKaTh Pa3IMYHbIM y4yacTKaM MojaunentuaHor nenu. Cama mopa HE COB-
MajaeT C OCbI0 CUMMETPUHU MOJIEKYJIbI, U MO3TOMY, B OTJIMYHE OT OAHOMOPO-
BBIX OJJUTOMEPHBIX KaHasioB, mopsl B ClC-kaHamax He nepreHANKYIIPHBI J1aTe-
paNbHOM MIIOCKOCTH MeMOpaHbl. HemoquuHstomascst Tpe0oBaHUSIM CUMMETPUHU
nopa, 04eBUAHO, HE OyAET BBITSHYTOM B OJTHOM HallpaBJIE€HUU, CKOpee, OHa Oy-
JeT U30THYTOM UJIU 3aKPYUYEHHOM.
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Puc. 5.19. Cxema pacnionoxenust xsopsbix kanainoB CIC (Bua B miockocti MemOpa-
HbI) (@); TPOEKIHS CTPYKTYPhI OaKTepHUanbHOro XjopHoro kanana tuma CIC, momy-
YeHHAas OT IBYMEPHOT0 OEIKOBOTr0 KPUCTAILIA C TIOMOIIBIO KPUOAIIEKTPOHHON MUKPO-
ckornuu (6). CeeTibie 06sacTu Ha (poTorpaduu — 9acTH MOJICKYJT OeIKa, TEMHBIE —
Bosa. B nenTpe dororpadun BuaHb 1Ba OEIKOBBIX AUMEPA, BHYTPU KOTOPHIX (TEM-
HBIC YYaCTKH), I0-BUIUMOMY, PACIIOJIOKECHBI BOIHBIC ITOPHI

VY MiekonuTarmux oOHapy>KEeHO 9 TUIIOB XJIOPHBIX KAaHAJIOB, B TOM YHCIIC B
mwia3maTuueckoin memopane kierok — CIC-1, CIC-2, CIC-Ka u CIC-Kb, B
BHYTPHMKJICTOYHBIX Be3UKYyJaxX (3H10coMax u ymzocomax) — CIC-3, CIC-4, CIC-
5, CIC-6 u CIC-7. Kananst CIC-Ka u CIC-Kb uMmeroT 10moIHHTEIbHYI0 MaTyIO
B-cyobenunuity Barttin, a kanan CIC-7 — manyto B-cyObeaunuiry Ostml.

[TpoBOIMMOCTS XJIOPHBIX KAaHAJIOB CHJIBHO pa3indaeTcs. Tak, MPOBOIH-
MocTh xjopHoro kanaina CIC-2 mnexonmrarommx cocrapuser ~3 nCM, KaHala
CIC-1 — mpubmusurensro 1,5 nCwm, a kanan CIC-0 snektpuyeckoro ckata — 10
nCm. HenaBuo oOHapyskeHo, uro sugocoManbbie 0enku CIC-4 u CIC-5 sB-
nsroTes »nextporenusiMu Cl/H -06MenHnkamu.

5.5.4. Jluranp-ynpaBnsaemMbie KaHanbl

MHorue HOHHBIE KaHAJIbI OTKPBIBAIOTCA WJIM 3aKPBIBAIOTCS B OTBET HA CBSI-
3BIBAHUE MaJIbIX CUTHAIBHBIX MOJICKYJ WJIW JIMTAaHAOB. Takue KaHaJibl Ha3bIBa-
FOTCSI JIMTAH/I-YIIPaBJISIEMBIMU.

BHemHue nmraHapl CBSI3BIBAIOTCS C CAaWTaMH Ha BHEKJIETOYHOW CTOPOHE
KaHata. Hanmpumep, CBSI3bIBaHME HEMPOTPAHCMUTTEpPA ALETHIXOJHMHA HA CH-
HalTHYECKON MeMOpaHe NPHUBOJMT K OTKPBITUIO HATPHUEBBIX KAaHAJIOB, YTO
MHUIMAPYET TEHEPALMI0 HEPBHOTO UMITYJIbCA WA COKPAIIEHUE MbIIIIbI. CBsi-
3pIBaHME Y-amMuHOMaciaHOU kucioTsl (I'”AMK) y omnpeneneHHbIX CHHANCOB B
IICHTPaAJIbHOW HEPBHOM cucTeMe obOecrieunBaeT BXxoa HoHOB Cl B KIIETKY U HH-
TUOMPYET BO3ZHUKHOBEHUE HEPBHOTO MMITYJIbCA.

BHyTpeHHHE nUraHApl CBA3BIBAIOTCS C DKCIOHUPOBAHHBIMU K ILATO30JIHO
caiitTamm Oenka-kaHama. Hampumep, BTOpHYHBIE MECCEHXKEPBI, TAaKHWE KakK
TAM® u ul’'M® perynupyloT KaHalibl, BOBJICUCHHbIC B MHHUIIMAIIUIO UMITYJIb-
COB B HEMpOHAax B OTBET Ha JICHCTBHE (DEPOMOHOB MJIM CBETa COOTBETCTBEHHO.
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Uucno kaHaioB, PyHKIIMM KOTOPBIX 3aBUCAT OT CBSI3bIBAHUS JIMTAHIOB, J1OC-
TaTOYHO BEJIMKO: B JINTEPATYPE MPUBOIATCS cBeAeHUs npumepHo o 500 akTu-
BUPYEMBIX JIMTaHJIaMU CYObeIMHHUIIAX MOHHBIX KaHaoB. Bo Bcex KieTKax ecTh
BCE TUIIbl NOHHBIX KaHAJIOB — HATPHEBBIC, KAJIMEBbIE, KAIBIIUEBBIE U XJIOPHBIE,
KOTOPBIE PETYJIUPYIOTCS JIUTaHIaMU.

Jlurana-ynpasiseMble KaHalbl JENSAT Ha JBa OOJBIIMX Kiacca: KaHajbl,
YIPABJISIEMbIE BHEKJIETOUYHBIMU JIMTAHJAMU, U KaHaJbl, YIIPaBIsE€Mble BHYTpPHU-
KJIETOYHBIMU JIUTaHJAMU.

Kinacc kaHasloB, ynpaBiiieMbIX BHEKIETOUHBIMH JIMTAHAAMH, B CBOI OYe-
penb, pazjielieH Ha Tpu nojkiacca (puc. 5.20). Penentopsl ¢ CyS-neTieil, K Ko-
TOPBIM OTHOCSITCSI HUKOTHHOBBIE AllETUIXOJMHOBBIE PELENTOPHI, PELEHTOPHI
rimunuHa, TAMK u 5-HTj;, a Takxke HEeKOoTOpble aHMOHHBIE KaHAJbl, aKTUBU-
pyeMmble TIIyTaMaToM U TMCTUIUHOM, COCTOSIT M3 MSTH TOMOJOTHYHBIX CyObe-
nuHuL. CyObeANMHUIIBI 3TOTO TOJKIIAcca PAaCIpeiesieHbl 0 IBYM YETKO pasjie-
JsIEMbIM MOHOQUIIETUYECKUM (pa3/eJIEHHBIM B 3BOJIIOLMOHHOM Ipoliecce Bpe-
MEHHBIM MHTEpPBAJIOM) TPYIIIaM, OJIHA U3 KOTOPBIX COJIEPKUT CyObETUHUIIBI,
dopmupyromue annonnsie perentopsl (rmumuaa, [AMK u GLUCI), a gpyras
— cyObenuHuIBI, PopMupyOlIHe KaTUOHHBIE perienTopsl (5-HT3; n HukoTHHO-
Bbie). Kananel BToporo noaknacca — AT®-ynpasnsemsie (P2X-penentopsr) —
coJiepKaT MO TPU TOMOJIOTHYHbIE CyObenuHHIbI. HakoHel, akTUBHpyeMbIe
riyTamMmaToM KaTuoHHble KaHainsl (NMDA-, AMPA-penentopbl, KauHAaTHbIE
pPELENTOPHI U JIP.) COCTOST U3 YEThIPEX CyObEIUHULL.

B kauectBe nmpumepa paccmotrpum nojknacc AT®-3aBUCUMBIX KaTHOHHBIX
kaHaynoB. Kananer (P2X-penentopsl) orBedaroT Ha aeiictBue AT® — dyHKIHO-
HAJIBHOTO HEHPOTPaHCMUTTEPA, BEICBOOOKIAEMOTO MTPH 3K30IUTO3€ U3 MHOTHX
TUTIOB HeWpoHOB. Ha ocHOBe ¢apMakoIOTrHYeCKUX CBOMCTB 3TH KaHAJbI, Hal-
JICHHBIC TOJILKO Y JKMBOTHBIX, pacnpeseieHsl Ha ceMb rpymnn (P2X1 — P2X7).
Takue kaHabl, GyHKIUOHUPYIOIIUE B MECTAX COCAMHEHUN HEMPOH — HEUPOH U
HEHPOH — MBIIIA, UTPAIOT POJIb B KOHTPOJIE KPOBSIHOTO JIaBJICHUSI M OOJIEBBIX
OLLYILIEHHH, a TAKKe B PYHKIIMOHAIBHON aKTUBHOCTU JTUM(OUUTOB U TPOMOO-
uutoB. Mecta cBs3biBaHud AT® HaxoaaTcs Ha BHEIIHEW MOBEPXHOCTHU KJIETOK
U BKJIFOYAIOT aMUHOKHCIIOTHBIE OCTaTKU BOIU3H ujie-67. CeMb pa3IuuHbIX pe-
nentopoB P2X paznuyarorcs mo ux 4yBCTBUTENBHOCTH K AT® M pa3znu4HbIM
aHasioraM AT®, a Takxe 1o kKuHeTrke nHakTuBanuu. Cesa3biBanne AT® nep-
BOHAYaJIbHO BBI3bIBAET OTKPHIBAHWE HECEIEKTUBHOIO KATHMOHHOIO KaHana,
obecreunBaromero Bxox Ca’’. JlmuTenbHAs SKCIO3MIMS C1ab0 MHAKTHBHPO-
BaHHBIX opM Kk AT® Benet kK pacHIMpPEHUIO TIOPHI, Jeias €€ MPOHUIIAEMOUN |
Jutst 60BIIMX MOJIeKyJT (BIoTh A0 1000 Jla). 3aTem mopa pyHKITMOHHPYET Kak
MpOHUIIAEMasl 1JIsl OPraHUYECKUX KaTUOHOB, TAKUX Kak 3TUANYM U N-metui-D-
riokamMuH. @opMupoBaHue 3TOW MOphI peryaupyercss C-TepMUHAIBHBIM TH/I-
pPOPMIHHBIM JOMEHOM T10 KpaiHEeH Mepe OJHOTO U3 ATUX perentopoB — P2X7.
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Puc. 5.20. Jlurana-yrnpasiisieMble KaHaJbl:
a — AT®-ympaBisieMble KaHAIbBI; O — KaHAJBI ¢ CYS-TIETIIEH; g — TTyTaMaT-3aBUCUMbIC KaTHOH-
HbIC KaHaJIbI. BHI/I3y IMOKa3aHbl CXEMBbI PACIIOJIOKCHUSA CY6'LGILI/IHI/I]_[ B KaHaJIaX, aKTUBUPYC-
MBIX COOTBETCTBEHHO aleTHIXonuHoM (AX), TAMK, rnunuaom u riryramatom

Penenrop P2X1 sBmnsercs nomMuHaHTHBIM TUIIOM P2X-penentopoB B HEM-
ponax rinagakux Mmeimi. Penenroper P2X4 u P2X6 mmpoko pacnpocTpaHeHsbl B
LIEHTpaJbHOM HepBHOU cucteMe. Penenrtop P2X1 umeercs Takke B KIETKax
MMMYHHOW CUCTEMBI U CTPYKTypax reMaroriodsa.

benkun AT®D-3aBUCHMBIX KAaTHOHHBIX KaHAJIOB OYE€Hb MMOJOOHBI IO aMHHO-
KHCJIOTHOM TOCIIeIOBATEIbHOCTH (> 35 % MaeHTUYHOCTH); 00JIaat0T IpuMep-
HO 380—-1000 aMMHOKHCIIOTHBIMH OCTaTKaMU Ha CYOBEAMHHILY C BapruabeIbHO-
CTBIO MO YYacTKY, JIOKaIM30BaHHOMY B C-TepMHUHAJIBHBIX JOMEHax. BHekne-
TOYHBIE JOMEHBI PEUENTOPa MEXKIY STUMU IBYMsI cerMeHTamu (rmpumepHo 270
OCTaTKOB) COJIepKaT HECKOJIbKO KOHCEPBATUBHBIX (IPBOIIOIMOHHO 3aKpETLICH-
HBIX) OCTATKOB IiuIMHA U 10 KOHCEpBaTHBHBIX OCTATKOB IIMCTeMHA. [ uapo-
¢bunbable C-OKOHYAHUS BapbUPYIOT MO ajuHe oT 25 no 240 ocratkoB. ATO-
3aBUCUMBbIC KATHOHHBIE KAaHAJIbI, BEPOSITHO, SIBIISIIOTCS TE€TEPO- WJIM TOMOOJIHU-
roMepamMu HECKOJbKUX CYOBEIMHUIl U TPAHCIOPTUPYIOT MOHOBAJICHTHBIC Ka-
tuonsl (Me"). Hekotopble u3 ATM-3aBUCHMBIX KaTHOHHBIX KAHAJIOB TaKikKe
TpaHcnopTupytoT Ca”’ U mocie AIUTenbHOM dkeno3uimy Kk AT®, kak yxke Obl-
JI0 OTMEUYEHO, HAYMHAIOT TPAHCIIOPTUPOBATH PsiJi METAOOJIUTOB.

Hucno ynpaBisieMbIX BHYTPHUKIETOUYHBIMHU JIMTAHJIAMHU KaHAJIOB TAKXKE Be-
JUKO. BHYTpUKIIETOUHBIMU JIUTaH1aMHU SBISIIOTCS TAMO®, unl MO, Ca™, ATO,
bochaTuauIHO3UTON, pl GochopHIUpPyeMBbIX OSIIKOB U IPYTUe BEIIECTBA.
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FMABA 6. MUTOXOHAPUWAJIbHbIE MEMBPAHbDI

6.1. CTPOEHUE U ®YHKLUUUN
MUTOXOHOPUAJIbHbIX MEMBPAH

Baxxneimas QyHkuus psga OMOIOTHUECKUX MEMOpaH — MpeBpalleHue Oj-
HOM (hopMBI SHEpruu B Jpyryro. Takue MmeMOpaHbl Ha3bIBAIOTCS SHEPTOMPE0o-
pasyonMMA. DHEPTONPeoOpa3yroIrue OHOIOTHISCKIE MEMOpaHbl CIIOCOOHBI K
MPEBPAIICHUIO XUMUYECKON PHEPTUU U SHEPIHH KBAHTOB CBETA B dJIEKTpUYE-
CKYyIO 3Hepruio (uepe3 (popmMupoBaHue TPAaHCMEMOpPAHHON Pa3HOCTHU AJIEKTPU-
YECKUX MOTEHIIMANIOB) MM OCMOTHYECKYIO SHEPTHIO, ONPEIeIsIeMyI0 pa3HO-
CTBIO KOHIEHTpAIMil COAepKalUuXCcsl B pa3[eieHHbIX MeMOpaHaMH KOMIlap-
TMEHTax.

OpauH U3 TUIIOB SHEpronpeoOpa3yrIuX MEMOPaH — BHYTPEHHsISI MeMOpaHa
MUTOXOHAPHUA. MUTOXOHIAPUH — BHYTPHUKJIETOYHBIE OPraHeUIbl C pa3MepamMu
2x1 mxMm (puc. 6.1). OOBIYHO B 3YKapUOTUYECKOW KIIETKE COACPIKUTCS OKOJIO
2000 muTOXOHApHUH, OOWMH 00BEM KOTOPBIX cocTaBisieT 10 25 % oObema
KkieTkd. Kaxxnas MUTOXOHZIpUSL OFpaHMYEHa JABYMsI MeMOpaHamMu — TJaJKON
BHEILIHEN U CKJIaqyaTo BHyTpeHHeW. CKIaJKu BHYTpEHHEH MeMOpaHbl BXOJAT
B [NIyOb MUTOXOHJIpPHI, 00pa3ys MonepeyHble Meperopoaku — KpUcThl. BHem-
Hs1 MEMOpaHa, Kak U BHYTPEHHsISI, UMEET TOJIIMHY OKOJIO 6 HM. MemOpaHbI
OTJEJIEHBI JPYT OT Apyra MEKMEMOPAaHHBIM MIPOCTPAHCTBOM TOJIIIMHON OKOJIO
5—-10 aM. BHyTpeHHsAa MOBEpXHOCTh MEMOpaH, HE3aOJIHEHHAs KpUCTaMH, Ha-
3BIBAETCSI MATPUKCOM.

Pa3nuuHbIe TUIBI KJIETOK OTJIMYAOTCSA APYT OT APYra KaK 10 KOJWYECTBY U
dbopMe MUTOXOHAPUHN, TaK U MO KOJUYECTBY KpHUCT B HUX. OCOOEHHO MHOTO
KPUCT UMEIOT MHUTOXOHJIPUU B TKAHSIX C AKTHMBHBIMH OKHMCIIUTEIBHBIMHU IPO-
LIeCCaMM, Hamnpumep, B ceplaedHor Mbline. dopMa MUTOXOHIPUM 3aBUCUT
TaKXXe OT UX (DYHKIIMOHAJIBHOTO COCTOSIHHUSI.

B oTivuune oT BHYyTpeHHEW MeMOpaHbl BHEIIHSAS MEMOpaHa MUTOXOHAPUN
He o0yajaeT 3Hepromnpeodpasyromeid GpyHkuveil. BHenHss MmemOpaHa MUTO-
XOHAPUM COJEPKUT O0COObIE KaHAIO00pa3yrole OEIKU — MOPUHBI, KOTOPHIE
JenaroT MeMOpaHy MPOHUIAEMO AJ11 MOJIEKYJI U MOHOB C MOJIEKYJISIPHOM Mac-
coii 1o 10 x/la. Buemnne MeMOpaHbl MUTOXOHAPUN CIIyKaT OapbepoM, He
IPOHUIIAEMBIM I OEJIKOB, PACTBOPEHHBIX B MEKMEMOpPaHHOM MPOCTPAHCTBE
u ruToriazme. Baemmnsist memOpana npumepHo Ha 50 % cocTout m3 OEIKOB U
Ha 50 % w3 nmunuaoB. Mexay TeM, BHYTPEHHSS MEMOpaHa MUTOXOHAPUN Xa-
pPaKTEepU3yETCsl HEOOBIYHO BBICOKUM cojepkanueM 0enkoB (75 %). B ux uucio
BXOJST TPAHCIOPTHBIE OCJIKH, KOMIIOHEHTHI JbIXaTebHOW 1iernn U ATd-cuH-
taza. Kpome Toro, Bo BHyTpeHHEl MeMOpaHe comepxutcst pochomumnua kap-
JTUOJIUIIUH. MaTpHKc Takyke o0oraiieH Oenkamu, 0COOCHHO (hepMEeHTaMU ITUT-
paTHOTO IUKJIA.
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Puc. 6.1. Cxemarndeckoe n300pakeHNe MUTOXOHPUHU U €€ CTPYK-
Typ (BBepXy) u pororpadus MUTOXOHAPHUH, TOTYyICHHAS C TOMO-
IIBI0 TPAHCMUCCUOHHOTO JIEKTPOHHOT'O MUKPOCKOIIA (BHU3Y)

BuyTpenunsis MemOpaHa MUTOXOHAPUN HEMPOHHIIAEMA i OOJBITUHCTBA
COCIMHEHMH 3a UCKIIIOUYEHUEM HU3KOMOJIEKYISIPHBIX HE3apSHKEHHBIX MOJIEKYI,
K KoTopbiM oTHOCcsTCS O,, CO,, H,O, NO, H,0,. Ona ynepxuBaeT HE TOJIBKO
IPOAYKTHl MPOMEXKYTOUHOTO MeTabonu3ma (Hampumep, MUpyBaT W aleTHiI-
KoA), Ho n Heopranmdeckue noust (H, Na*, K*, Ca*, CI'). ITostomy B 1mro-
IUTa3Me U MUTOXOHJIPUSIX CYIIECTBYIOT HE3aBHUCHMBIE IyJIbI HOHOB U MeTabo-
auTOB. B pesynbrare HepaBHOBECHOTO pacmpesesieHusi HOHOB MAaTPUKC MHUTO-
XOHJpUN 3apsDKeH OTPHIATETIFHO O OTHOIIEHUIO K HUTOIMIazMe. TpaHcMeM-
OpaHHas Pa3HOCTh AJIEKTPUUECKUX IOTEHIIMAJIOB HA BHYTPEHHEH MeMOpaHe
MUTOXOHJpHU MokeT nocturath 3HadeHuss —200 mB. IlosTomy HampspkeH-
HOCTb 3JICKTPUUYECKOTO IMOJII BO BHYTPEHHEW MUTOXOHAPUAIBHON MeMOpaHe
OoJbllie, 4YeM Ha IJIa3MaTUYECKO MeMOpaHe.

OOMeH BelecTB MeXAy LUTOIIa3MOM U MaTPUKCOM OOECIeunBaeTcs Crie-
[IUAJTFHBIMH TPAHCTIOPTHBIMH CHCTEMAaMH, JIOKATM30BAaHHBIMU BO BHYTPECHHEH
MeMOpaHe MUTOXOHJIPUM U CIIOCOOHBIMU MEPEHOCUTHh PA3HOOOPa3HbBIC BEIIECT-
Ba (mupysar, ¢ocdar, ATD, AJID, rayramar, acraprar, Majiar, 2-0KCOIIyTa-
paT, UUTpaT, >KUpPHbIE KHUCIOTHI) 10 MEXaHM3MaM THUIA AHTUIIOPT, CUMIIOPT,
yHunopt. Hanpumep, 6omabinas yacte AT®, npoayupyemMoro MUTOXOHIPHSI-
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MU B MaTpPUKCE, IOCTABIAETCS B IUTOIUIazMy ¢ nomoibio AJ[D/ATD-Tpanc-
joka3bl B 00MeH Ha AJI®. Docdar nmocTynaer B MUTOXOHIPUH BMECTE € IPO-
TOHaMH He3aBHUCUMO OT TpaHcnopta AJI® u AT®D. AHaloOru4HbIM 00pa3zom
pU Yy4aCTUU THUPYBAT-CIECIU(PUIHOTO TMMEPEHOCUYUKA OCYIIECTBIISETCS OJHO-
BpPEMEHHBIN TIEPEHOC MTUpYyBaTa M MPOTOHOB Yepe3 BHYTPEHHIOI MeMOpaHy. Bo
BHYTPEHHEW MeMOpaHe MUTOXOHAPHUN MMEIOTCS TaKXE€ TPAHCIIOPTHBIE CHUCTE-
Mbl 1151 noHOB Ca’”, KOTOpBIE Hapsy C TPAHCIOPTHBIMU CHCTEMAMHU IHIO-
IJIa3MAaTUYECKOTO PETUKYIIYMa PETYJIUPYIOT KOHIEHTPALIUIO Ca” B murorIas-
Me€.

M cTOYHMKOM NBMKYIIEN CHIIBI TPAHCIIOPTHBIX ITPOLIECCOB BO BHYTPEHHEU
MeMOpaHe MUTOXOHJIPUI CIY>KUT KOHIIEHTPAIIMOHHBIN IPaIueHT METa0O0JIMTOB
WJIM TPAJAUEHT DJIEKTPOXUMHUUYECKOTO MOTEHIMana noHoB. Hanpumep, kapHUTH-
HOBasi CHCTEMa TPAHCIIOPTA XKUPHBIX KUCIOT (DYHKIIMOHUPYET M3-3a BBICOKUX
KoHIleHTparui ami-KoA B mutomasme. [[Bwxkymias cuina ummnopta docdara
U IUpyBaTa 00€CreurnBaeTCsl MPOTOHHBIM T'PAUEHTOM, B TO BpeMsi Kak 0OMeH
ATO/A1® u BIOPOC MOHOB Ca” 3aBHCAT OT Pa3HOCTH JIEKTPOXUMHUYECKUX
MOTEHIIUAJIOB Ha BHYTPEHHEN MeMOpaHe MUTOXOHIPHIA.

B MUTOXOHApUSX MNPOTEKAIOT CICAYIOMINE METa0OJUYECKUE MPOIECCHI:
MpeBpalleHne nupyBara B auetTwi-KoA, katanusupyeMoe NupyBaTIeTHIpOre-
Ha3HBIM KOMIUJIEKCOM; LIUTPATHBINA IIUKJI, OKUCIUTENIbHOE (pochopunmpoBaHue;
pacuIeIIeHUe KUPHBIX KUCIIOT MyTeM [-OKUCIICHHS W, YACTUYHO, ITUKJI MOYe-
BUHBI. [ 1aBHOI (pyHKIMENH MUTOXOHAPUN SIBJIAETCS 3aXBaT OOraThIX dHEPrHen
cyOcTpaToB (KUpPHBIC KUCIOTHI, MUPYBAT, AMUHOKHUCIIOTHI) U3 IUTOILIA3Mbl U
UX OKHCIIUTENIbHOE paciierienne ¢ oopazopanuem CO, u H,0, conpsikeHHoe ¢
cuaTe30M AT®. OCHOBHBIE CTaJAMM ITOTO Tpolecca — (GOPMUPOBAHUE DIICK-
TPOXUMHUYECKOTO IPaIueHTa MPOTOHOB U (hochopmnupoBanne monekynsl AJ{D
MPOTEKAIOT HA BHYTPEHHEW MeMOpaHe MUTOXOHIPHUMA C YIaCTHEM JIbIXaTeIbHON
neri 1 H'-AT®-cunrassl. PaccMoTpum Gosiee MOAPOOHO CTPOEHHE U MeXa-
HU3MBI (DYHKIIMOHUPOBAHUS ITUX CUCTEM.

6.2. OPFTAHU3ALNA ObIXATENbHOWU LENMUA MUTOXOHOPUA

JlpIxarenpHas 1enb MUTOXOHAPHH — 3TO KOMIUIEKC (PepMEHTOB, KaTaau3u-
PYIOIIMX COMNPSIKEHHBIA C TEHEPALMENd AJICKTPOXUMHUYECKOTO TPaJUEeHTA MPO-
TOHOB MPOLIECC MEPEHOCA IIEKTPOHOB OT BOCCTAHOBJIEHHOIO HUKOTHMHAMU/1A-
nennnaunykineoruaa (HAJIH) na kucnopoa. To ecTs, apixaTenbHas Ielb Ka-
TAUTU3UPYET PEAKIIUIO

HAJH+H" +1/20, > HAJ" + H,0O . (6.1)

N3-3a G0sbIION PA3HOCTH OKHUCIUTEIHLHO-BOCCTAHOBUTENIBHBIX IMOTEHIIUA-
noB akuentopa (O;) u ngonopa (HA/IH) anextpoHoB peakius (6.1) siBiseTcs
BBICOKOJK3EproHMYECKON. Paccuntaem 3HEpPruio, BBIAEISAIONIYIOCS B ATOM pe-
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aKIMA C UCIOJb30BAHUEM CTaHIAPTHBIX BOCCTAHOBUTEJILHBIX MOTEHIIMAIOB
peakuui

1/20,+2H" +2¢” ->H,0 E° =+816 MB, (6.2)
HAI'+H" +2¢” > HAJIH E° =-320 MB, (6.3)

rie E°— o6o3HaueHMe CTaHIAPTHOTO BOCCTAHOBHMTENHLHOTO MOTEHIMANA MPH
pH 7,0. 3nayenue pa3HOCTH pelOKC-MIOTEHIIMAIOB i peakiuu (6.1) cocras-
asiet +1136 mB. CooTHoleHrne Mexay cBoOOHOM aHepruet 'nb6ca u peaokc-
MOTEHIIUAJIOM OMUCHIBACTCS BHIPAXKECHUEM:

AG® = —zFAE?, (6.4)

rie AG? — usmenenue cBoGOIHOIM sneprun ['m66¢ca npu pH 7,0, Z — yucno ne-

PEHOCHMBIX B PEJIOKC-PEaKIHH 3IeKTPoHOB, F — uncino ®apaness, AE® — pas-
HOCTb PEIOKC-TIOTCHIIMANOB. B CcTaHHapTHBIX yCIoBUSX mig peakuuu (6.1)

AGY =-219,2 k/lx/monb. Eciu 6b1 peakmmst (6.1) mporekasa 6e3 y4acTus
(GbepMEeHTOB, TO BBIJICJICHUE TAKOTO KOJWYECTBA YHEPTUU MPHUBENO ObI K pa3py-
[ICHUIO BHYTPHUKJIETOUHBIX CTPYKTYp. DaKTHUECKH AbIXaTesbHAs IENb «pa3-
OupaeT» Ha yacTH sHepruro peakuuu B3aumonerctsuss HAJIH u kucnopona, u
MPOBOJUT ATY PEAKIMIO TaK, YTOOBI SHEPrUs 3amacanach NPU CO3/IaHUU DJIEK-
TPOXUMHUYECKOTO TpajgueHTa. Takum 00pa3oM, pepMeHTHI AbIXaTEeIbHOU IENn
HE TOJIbKO YBEJIIMYMBAIOT CKOPOCTh XUMUUYECKOW peakiuu (MHOTHE OKHUCIHU-
TEJIbHO-BOCCTAHOBUTEJIBHBIE PEAKIIMM MTHOBEHHO MPOTEKAIOT B BOJHBIX pac-
TBOpax M 0e3 ()epMEHTOB), HO U OOECNEYMBAIOT MOCIIEIOBATEIbHBIA MEPEHOC
ANIEKTPOHOB OT OJTHOIO KOMIIOHEHTA JbIXAaTEeJIbHOW 1IENHU K JPYyTrOMY.

JlpixaTenpHasi 1eTh MUTOXOHAPUN BKIIOYAET TPU OETKOBBIX KOMILJIEKCa
(xommuiekcel 1, 1T u IV), BcTpoeHHBIE BO BHYTPEHHIOI MHUTOXOHJIPUATHHYIO
MeMOpaHy, U JB€ TMOJBWKHBIE MOJIEKYJbI-IEPEHOCUUKH — YOUXUHOH (Koep-
MeHT Q) u nuroxpom c. CyKIMHATAETHAPOTEeHA3a, TPUHAIIekKaIas COOCTBEH-
HO K IIUTPATHOMY ITUKITY, TAKKE€ MOKET pacCMaTpuBaThcs Kak Komruiekc II api-
xaTenpHOM nenu. OIHAKO CYKIMHATIETUAPOTreHa3a MEPEHOCHUT AJIEKTPOHBI OT
cykruHaTta Ha kodepMmeHT Q 0e3 TpaHCMeMOpaHHOTO mepeHoca MpoToHoB. I1o-
TOMY HEe OyJeM MoApOoOHO paccMaTpUBaTh MEXaHU3M €€ (PYHKIIMOHUPOBAHMUS.
Hapsny ¢ 5tum, H'-AT®-cunrasy MHOra Ha3bIBAETCS KOMIUIEKCOM V, XOTS
OHA HE NMPUHUMAET y4acCTHUs B IEPEHOCE IIEKTPOHOB.

Komruiekesl AbIxaTenbHON HENU MOCTPOESHBI U3 OOJBIIOTO YUCia MOIUMNeN-
TUJIOB U COJEpKAT Psii Pa3IUYHBIX OKHUCIUTEIHBHO-BOCCTAHOBUTEIBHBIX KO-
dbepMeHTOB, CBsI3aHHBIX ¢ Oenkamu. K HUM npuHagiexar (aBHHMOHYKICOTH]T
(OMH) u ¢dnaBunanenunaunykiaeotua (PAJl), kene3o-cepHble IIEHTPHl U
TPYIIBI TEMa.

[Mpocneaum nyth aByX 3aekTpoHoB oT HAJIH k kuciopoay (puc. 6.2), co-
CTOSIIUN U3 TPEX ATAIOB, KAXIbIM U3 KOTOPBIX KAaTAIU3UPYETCS TPEMS JIUIO-
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IPOTEUHBIMU KOMILJIEKCAMHU, BCTPOCHHBIMH BO BHYTPEHHIOK MEMOpaHy MHU-
TOXOHIpUIl. KOMIUIEKCHI ABJIAIOTCS MHTETPAIbHBIMU O€JIKaMU, KOHTaKTUPYIO-
MMM C BOJHBIMM (pa3amMH Kak MaTpUKCa, TaK U MEKMEMOPAHHOTO MPOCTpaH-
CTBa MUTOXOHApWHA. B xkuakol mumumHOW ¢aze MMeeT MeCTO JiaTepaiabHas
nud¢y3us KOMIIEKCOB B MeMOpaHe, B pe3yJIbTaTe 4ero OHU MOTYT COMMKATh-

Csl APYT C APYTOM.

4H' 4H" 2H"
/\ /\ Lnroxpom C /\

+ + ||+ + + + o+ + o+

cococd” | i A

2e

00000

9000000006000
Kodepment Q

o—®1—0

I HAJT
- Ty + +
4H" HAJH+H Cykuunar dymapar 4H 2H" 2H
Puc. 6.2. JlpixatenbHast 1Iellb MUTOXOHAPUNA:
| — xommeke |; 1l — cyknnnaTaerunporenasa; |1 — komriexc I IV — xommeke 1V

Kowmmeke I, koTopsiii Takke HazbiBaeTcss HAJIH-yOMXuHOH oKcuaopeayk-
tazon wiu HAJIH-neruaporenasoi, - cambliii 00J1b110M PEPMEHT AbIXaTEIbHON
nenu. Kommiiekc I coctont u3 43 cyObeAMHUI U UMEET MOJIEKYJISIPHYIO Maccy
850 x/la. ITpu »Tom komIiekc | kaTanu3upyeTr ABa SHEPTETUUECKU COIPSIKEH-
HBIX TIpoIlecca: IK3EPrOHUYECKUN MEepeHoC Ha YOUXWHOH THIApHUJ-UOoHA (2¢,
1H") or HAJIH u npoToHa U3 MaTpHKca; SHAEPrOHUYeCcKHUii nepeHoc 4 mpoTo-
HOB U3 MaTpUKca B MEKMEMOpaHHOE MPOCTPaHCTBO. [lepeHoc mpoTOHOB Mpo-
UCXOJUT B HAMpPAaBIICHUU AJIEKTPOXUMHUYECKOTO T'PATUEHTA, MOATOMY TpeOyeT
3aTpaT 3Hepruu. Takum o0pa3om, KOMIUIEKC | sBIIS€TCS MPOTOHHBIM HACOCOM,
paboTaOIIKUM 32 CUET PHEPIrUU OKUCIUTEIbHO-BOCCTAHOBUTEIBHBIX PEAKLUM.
YroOpl 0003HAUNUTH TPAHCMEMOPAHHBIN MEPEHOC MPOTOHOB NPH 3alHUCH pe-
3yJIBTUPYIOIIECH PEaKIuu, KaTaIu3upyeMoil KoMIuieKcoM |, TpOTOHBI OTpHIia-
TEJIBHO 3apsHKEHHOTO MaTpukca oOo3HavaroT wuHAekcoM N (oT aHrn —
negative), a mpOTOHBI MOJOXHUTEIBHO 3aPSKEHHOTO MEKMEMOPAHHOTO TPO-
CTpaHCTBAa MUTOXOHAPHI — HHACKCOM P (0T aHrII. — positive).

ITepBast cranust okucnenuss HAJIH karanusupyercsi komiuiekcoM I, oaun
aKTUBHBIN IIEHTP KOTOPOTO KOHTAKTUPYET C BOAHOU (ha30i MaTpUKCa U CBSI3bI-
BaeT HAJIH. /IBa snexrtpona, ormerenusle ot HAJIH, nepenocsitcs uepes
(b1aBUHMOHOHYKJICOTH U KEJI€30CEPHBIC IIEHTPHI HA YOUXUHOH, KOTOPBIN CBSI-
3BIBACTCS C APYTUM aKTUBHBIM IIEHTPOM, PACTOJIOKEHHBIM BHYTPH THAPO(DHOO-
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HOM (pa3bl MeMOpaHbl. B pe3ynbrare MpoucXoauT peakiius:

HAJIH + 5H;, + Q > HAI" + QH, + 4H_, (6.5)

B XOZIe KOTOPOM 3JIEKTPOHBI U3 BOJHOTO OKpyxeHus (moinekyna HAJIH) momna-
AT B THAPOo()OOHOE OKpYKeHHE MeMOpaHbl (MOJIEKYJIa YOUXUHOIA).

DONEeKTPOHBI MOCTYMAIOT B ABIXaTEIbHYIO L€ pa3NuyHbIMU MyTsMu. [lpu
okuciennu HAJIH kommekc I nepeHocut anexktponsl yepes ®MH u xeneso-
CepHble LEHTPbl Ha yOuxuHOH. OOpasyrouuecss Mpu OKHUCICHUH CYKIMHATa
AJIEKTPOHBI TEPEHOCATCS Ha yOMxwHOH KomruiekcoMm Il depes cBsi3aHHBIN C
depmenTom DA]], xenezocepHbie KaacTepsl u rem rpynmsl b. Uepes youxuHoH
B JIBIXaTENbHYIO LIETb MOCTYMAIT Takke 3JeKTpoHbl oT anmi-KoA. Ilepsas
cTaausi P-okuciieHus Katanm3upyercs ammi-KoA-mermaporeHasoid, Kotopas
IIEPEHOCUT IIEKTPOHBI OT anmi-KoA uepes DA/l HaA 3IEKTPOHTPAHCIIOPTHU-
pytomuii  ¢uraBoniporenn ETF (electron-transferring flavoprotein). Ilepenoc
ANeKTpoHOB OT ETF Ha yOuxuHoH mpoucxoaut uyepe3 @A/l u xene3ocepHbIe
kiacrepsl hepmenta ETF-yOuxunon okxcumopenykrassl. Uepes rpynny DA]J]
dbepmenTa riumiepoii-3-gocdaT AeruaporeHasbl Ha yOUXUHOH TakKyKe MOTYT I10-
CTYIAaTh JEKTPOHBI OT MHIeposi-3-hocdara u3 ruToriasmsl. [Ipu s3Tom okuc-
neHHast popma kopepmeHTa Q BOCCTaHABIUBACTCS B apOMAaTUYECKUM YOUTHI-
POXUHOH WK YOUXHUHOJ (puc. 6.3).

Kowmmmneke 1 I'munepon-3-

I'muuepon-3-

docdar-

JETHAPOTeHA3a

T

—— VOuxuHOH

HAZIH Kommneke 11 Cykuunar

ﬁ ETF

ETF-ybuxunon-
OKCHAOPEeayKTa3a

Ammn-KoA-
JETHAPOTEHA3a

Aumn-KoA

Puc. 6.3. IlyTtu nocTymiieHus 3JIeKTPOHOB B AbIXaTEIbHYIO LIENb
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YOUXHHOH HE pacTBOPUM B BOJIE, HO XOPOILIO PAaCTBOPSIETCS B paCTBOPUTE-
JSIX ¢ HU3KOM JUAIIEKTPUYECKON MOCTOSIHHOM. BajkHOoe CBOMCTBO yOMXMHOHA
COCTOUT B TOM, YTO €r0 MOJIEKYJIAa MOXKET BOCCTAHABIMBATHCS MO3TAITHO, MPHU-
HUMas M0CJEI0BATENIbHO 110 OJJHOMY 3JIEKTPOHY (M mpoToHy). Ilpu onHosn€eK-
TPOHHOM BOCCTaHOBJICHUM YOMXMHOHA BO3HUKAET I0JyBOCCTAHOBJICHHAs
dhopma — yOHCEeMUXHHOH.

DneKxTpoHbl OT yOuxuHona npu yyactuu komimiekca |l nepenocsres na uu-
ToxpoM c. Kommiekc 11 (yOUXHMHOI-IUTOXPOM ¢ OKCUAOPENYKTA3a) COACPHKUT
KEJIe30 KaK B KOMIUIEKCAX C CEPOM, TaK U B BUJIE KOMIUIEKCOB ¢ IOp(UPUHAMH.
Takne KOMIUIEKCHI Ha3bIBAIOTCS T€MaMH, a KOMIUIEKCHI T€MOB C IOJIAIIEIITHI-
HbIMU 1ensiMu — nutoxpomamu. Kommiieke |l nepenaer snexTpoHsl uepes pe-
aKIUH C MMUTOXPOMOM D U MUTOXPOMOM €1 K aKIENTOPY JIEKTPOHOB IIUTOXPO-
MYy C.

DK3eproHUYECKHI MPOLECC TPAHCIOPTA JIEKTPOHOB YEPE3 IPOCTETUYECKHE
rpynibl koMiiekca |l conpsbkeH ¢ 3HAEproHMYEeCKHUM MEPEHOCOM MPOTOHOB.
CymMapHas peakuus, Karaausupyemas (pepMeHTOM, ONHUCHIBAETCA YPABHEHUEM

QH, + 2H7, +2cytc(Fe*") - Q + 2cytc(Fe*" ) +4HL.  (6.6)

Ha ocHoBe u3yueHHs CTPYKTYphl KOMILIEKCAa M PEAOKC-pEaKIui, mpoTe-
KaIONIMX C y4acTUEM MPOCTETHUYECKUX IpyMIl (epMeHTa, JJid ONMUCAHUS MeXa-
HU3Ma TpaHC(hOpPMAIMU DHEPTUU OKHUCICHHUS YOMXMHOJA IIMTOXPOMOM C B
HHEPTUIO AJIEKTPOXUMUYECKOTO TpaJMeHTa MPOTOHOB MPHU paboTe KOMILIEKca
Il npixaTenpHOM 1eTH MpeIokKEHA MOJIETh, MOTyJYrBINas Ha3BaHue Q-1uKIia.

[TomyBoccTanoBneHHast popma youxunona (*QH) mpucoenuHser 3neKTpoH
OT KoMmIuiekca | ¥ mpoToH U3 MaTpuKkca ¢ 0Opa3oBaHHEM yOUxXuHOJA (HA PHC.
6.4 cragus 1). Kommuteke Il comeprxut nBa rema rpymmst b: b — rem ¢ Hu3kUM
PEIOKC-TIOTEHITUAIOM, Dy — TeM ¢ BBICOKHM PEIOKC-TIOTEHIIMAIOM. Y TPaHHMIIbI
MeMOpaHbl ¢ MEKXMEMOPAHHBIM MPOCTPAHCTBOM BOCCTAHOBJIEHHBIN YOUXUHOH
(QHy) pearmpyer c¢ xene3oM rema by, u, BoccTaHaBimMBas e€ro, ocBOOOXIaeT
IPOTOH B BOAHYIO (ha3y, MpeBpaliasch B MOJyBOCCTaHOBJICHHYIO ¢opMy (Ha
puc. 6.4 cragus 2). DIEKTPOH OT TreMa D mepeHocHuTcs B MeMOpaHe K Keye3y
remMa by, pacrnonoxeHHoMy OJrke K MaTpuUKCy MUTOXOHApuid. IlomyBoccra-
HOBJICHHBIN *QH oTmaeT BTOpOIl AJIEKTPOH Ha Kele30cepHbie Kiaactepsbl (Fe-
S), mpu 3TOM BTOpOI IMPOTOH OKa3bIBaCTCSA B BOJIHOHM (paze MekMEeMOpPaHHOTO
npocTpaHcTBa (Ha puc. 6.4 cragus 3), a SJIESKTPOH MEPEIASTCS Jajiee Ha KEIe30
IIUTOXpPOMA €1, @ 3aTE€M Ha OKHUCIHTENb YOUXHHOJA — MUTOXpoM c. OKHCIIeH-
HBIM yOMXWHOH, 00pPA30BABIIMIICS Y TPAHUIBI C MEKMEMOPAHHBIM MTPOCTPaH-
CTBOM, Tenepb UG yHIUPYET Ha3aa K TOH CTOPOHE MeMOpaHbl, KOTOpas 00-
palieHa K MaTpHKCY.
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Puc. 6.4. Q-iuki B komruiekce I1:
QH, — youxunom; *QH — youcemuxnnon; Q — yOUXHHOH (ITOSICHEHHS B TEKCTE)

3nech yOMXHHOH TOJTyYaeT 3JCKTPOH OT rema by (3ameTruM, 4To MCXOMHO
AJIEKTPOH MPUHAJICKAT K YOMXUHOIY) U TMPOTOH M3 BOAHOW (ha3bl MaTpHUKCA
(Ha puc. 6.4 cragus 4). OOpa3yeTcsi MOJTYBOCCTAHOBICHHBIM CEMUYyOUXWHOH
(*QH), KoTOpPBII MPUHUMAET JIEKTPOH OT KOMIUIEKca | 1 MPOTOH U3 MaTpUKca.
B memOpaHne moiiy4aeTcsi BOCCTAaHOBIICHHBIN YOUXMHOJ U BECh MPOIIECC HAYU-
HaeTcsl 3aHOBO. TakuMm 00pa3om, mepeaada OJTHOTO JIEKTPOHA OT KoMmIuiekca |
K LUTOXPOMY C COIPOBOXKIAETCS MEPEHOCOM JIByX IMPOTOHOB U3 MaTpPUKCA B
MEXMEMOPaHHOE MPOCTPAHCTBO MHUTOXOHJpUH. IlepeHoc NIByX 3J€KTpOHOB
yepes koMiuieke |l k muToxpomy ¢ conpoBOKIaeTCs, COOTBETCTBEHHO, TPAHC-
MeMOpaHHBIM TIEPEHOCOM YETHIpEeX MPOTOHOB. B pesynbraTe okmcienus QH;
UTOXPOMOM BBICBOOOKJIaeMasi SHEPIHsl 3amacaercs, TaKUM 00pa3oM, B BUE
PA3HOCTH DJIEKTPOXUMHUYECKUX MTOTEHIIUAJIOB MPOTOHOB.

Takum 00pazoM, 371EKTpOHBI U3 TUAPOGOOHOHN (a3bl, IIe OHU BXOJAT B CO-
CTaB yOMXHHOJa (BOCCTAHOBIICHHOTO YOMXMHOHA), MOMAIal0T B BOAHOE OKPY-
JKEHHE — Ha aTOM JKeJie3a TeMOBOI TpyMIbl Oelika IUTOXpoMa ¢. DHepreThye-
CKHIl MOTEHIIMAN JIEKTPOHOB (TEMEpPh B IUTOXPOME ) CTAHOBUTCS €UIE HUXKE.
OKUCIICHHBIN IUTOXPOM ¢ CBA3bIBAETCA ¢ KoMIuiekcoM III, a BoccTaHOBIEHHBIM
— ¢ kommuiekcoMm IV. DT1o o3Hauaet, yto komriekcol Il u IV uzbuparenbao
B3aMMO/JICHCTBYIOT C MOJIEKYJIaMH OKHCJIEHHOTO M BOCCTAHOBJIEHHOI'O IIHUTO-
xpoma ¢ (MoJIeKyJisipHasi macca okojo 13 k/la), oTiiMyaronmxcsi o CTPOECHUIO
JIPYyT OT JIpyra BCEro Ha OJWH JJICKTPOH, — APKUN MPUMEP TOTO, UTO CBSI3bIBA-
HUE MAaJioro MO pa3Mepy Juranja (B JaHHOM Cilydyae DJIEKTPOHA) CIIOCOOHO
MPUBOJUTH K U3BMEHEHUIO KOH(popMaruu Oeka.

[IuToXpOM ¢ TEPEHOCUT DIEKTPOHBI K KoMIUlekcy IV, nuroxpom c-
okcuzaze. B coctaB IMTOXpOM c-OKCHJIa3bl BXOJST JIBa MEALCOIEPKAILINUX LIEH-
Tpa U T'€Mbl a U d3, YePE3 KOTOPBIE AIEKTPOHBI, HAKOHEL, MOCTYNAOT K KUCIIO-
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poxy. IIpu BocCTaHOBIEHHH KUCIOpoaa obpasyercst annon O° , KOTOpbIil IpH
B3aMMOJICUCTBUM C MPOTOHAMHU oOpa3yeT Boay. llepeHoc kaxaoro 3jeKTpoHa
4yepe3 MPOCTETUYECKUE TPYIIIbI HUTOXPOM C-OKCH/Ia3bl COMPSHKEH C MIEPEHOCOM
POTOHA U3 MaTpPHUKCa B MEKMEMOPAHHOE MPOCTPAHCTBO MUTOXOHApHUI. CyMm-
MapHas peakuus, karaauzupyemas koMmiiekcoM |V, onuceiBaercs ypaBHEHUEM

4cytc (Fe*")+0, +8H;, — 4cytc (Fe* ) +2H,0+4H%.  (6.7)

W3 BbIIECKa3aHHOTO CIEAYET, YTO AJEKTPOHBI, nepenaBaembie HAJIH, He
NEPEHOCSATCS] HEMOCPEICTBEHHO HA Kucaopoa. OHU MPOXOAAT MO MEHBIIEH Me-
pe JecsATh MPOMEXKYTOUYHBIX OKHCIUTEIbHO-BOCCTAHOBUTEIBHBIX CHUCTEM,
OOJBIIMHCTBO U3 KOTOPBIX — CBSI3AHHBIE POCTETUYECKUE TPYIIIBI B KOMIUICK-
cax I, III u IV. U3menenue cBoboHOM sHEeprun AG B peakiusix BOCCTAHOBIIE-
HUS 3aBUCUT TOJIBKO OT Pa3HOCTH OKHCIUTEIbHO-BOCCTAHOBUTEIBHBIX MOTEH-
[[MAJIOB aKLENTOpa U JOHOpa AEKTPOHOB. CTaHIAPTHBIE PEAOKC-TIOTEHIINAIIBI
HEKOTOPBIX pPEAOKC-TIap JbIXaTeNbHOM 1IeNH MpeacTaBiIeHb! B Tad. 6.1.

Tabnuya 6.1
Penoxc-mapel u cranaapTabie pexokc-nmorenuuaibl (T =25 °C u pH 7,0)

Penokc-napa ITonypeakuus E° (B)
HAJI'/HAJTH HAJT +H* +2e —HAJIH -0,320
OMH/OMHH; OMH+2H" +2e~ — ®MHH, -0,300
DPAJYDAH, DAL +2H" +2e” — GAJIH, -0,219
ymapatr/ cykuuHar dymapar+2H" + 2~ —cykmmnar | 10,031
yOUXHHOH/ YOUXHHOII CoQ+2H" +2e~ — CoQH, +0,045
uTOXpoM b (0K/BoCT) Cytb(Fe*)+e~ — Cyth(Fe?") +0,077
IUTOXPOM ¢1 (OK/BOCT) Cyt cl(Fe3+) +e —Cyt q(Fe”) +0,23
Ilutoxpom ¢ (0K/BocT) Cytc(Fe*)+e~ — Cytc(Fe?") +0,25
[uroxpom a (ox/BocT) | Cyta(Fe* )+e~ — Cyta(Fe?") +0,29
[uroxpom az (0k/BOCT) | Cyta,(Fe®)+e” —> Cytay(Fe?*) | +0:95
O2/H20 10, +2H" +2¢e” - H,0 +0,816

Hanmuuve nOMOMHUTENBHBIX OKHCIUTEIbHO-BOCCTAHOBUTEIBHBIX CHUCTEM
mexxy HAJIH u O, He NpUBOIUT K U3MEHEHHUIO CBOOOHOM YHEPTUM PEAKIIUH.
O6mas BenuurHa SHepruu peakuu (6onee 200 k/[x/mMoisib) pazOuBaeTcs Ha
HEOOJIBIITNE «ITAKEThD», BEJIMUNHA KOTOPHIX OMPEAENACTCS Pa3HOCTHIO OKUCITU-
TEJIbHO-BOCCTAHOBUTEIBHBIX IMOTEHIIMAJIOB COOTBETCTBYIOIIUX MPOMEKYTOU-
HBIX MPOJYKTOB. L

Pacder BenM4MHBI SHEPTUU, 3aM1ACAEMOMN B AJIEKTPOXHUMUYECKOM I'PaUEHTE
MPOTOHOB, MPOU3BEIEM C UCIOJIb30BAHUEM YPABHEHUS !

AG =nAH, (6.8)
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rje N — KOJIMYECTBO BeIIecTBa (B MOJISX) B CHCTeME, A[l — H3MEHEHHE DJIeK-
TPOXMMHUYECKOTO TOTEHIMANA. JIEKTPOXUMUYECKHIA MOTeHIHan cuctemMbl (1)
ONpENIEIIAECTCS HA OCHOBE YPaBHEHUS

H=U, + RTINC + zF ¢, (6.9)

rze L, — CTaHAapTHBIM XUMUYECKUI IOTEHIUAIL.

DNEeKTPOXUMHUYECKHUI MOTEHIMA IPOTOHA, I KOTOPOro 3apan z = +1, Oy-
JET

. =H,+RTIn[H"]+Fe. (6.10)
[Tepeiinem k aecaTuuHOMY Jiorapudmy B BeIpakeHuH (6.10)
. =He+2,3RTlog,,[H"]+Fo. (6.11)

Ucnonwi3ys onpenenenue pH, npeobpaszyeM Boipaxkenue (6.11) B Beipaxe-
HUE

i, =p,—2,3RT(pH) + Fo. (6.12)

OnpenenuM BEIWYMHY PAa3HOCTH JIIEKTPOXMUMHUYECKOrO IMOTEHIMANA s
MPOTOHA YepPe3 MUTOXOHJIPHATBHYIO MEMOpaHy

+
N

Afi,. =FA@—2,3RT(AdI ). (6.14)

Martpukc MUTOXOHIpHI sBIsieTCs Oojiee mienouHor cpenor (pHy = 8,0),
yem MexmMeMOpanHoe npocTtpanctBo (pHp = 7,25), 1.e. ApH cocrasnser 0,75
eauHul. Eciay npuHATh pa3HOCTh MOTEHHHANOB A paBHOU 160 MB nomyuum,
910 corjacHo (6.14) m3amMeHeHne CBOOOJHON SHEPrUU IMPHU MEPEHOCE OJIHOTO
MOJISI MPOTOHOB cocTaBsieT okoJio 20 kJIk/Momb. [10CKONIBKY MPU OKUCICHHUH
1 mons HAJIH nepenocutcs 10 Monel npoTOHOB, CYMMapHO€ U3MEHEHUE CBO-
0oaHo sHeprun coctaBuT 200 k/lx/mMonbs. Takum oOpazoM, 3PGHEeKTUBHOCTD
paboOTHI IbIXaTEIBHOM 1IETH TakoBa, 4TO OKOJ0 90% sHepruu, BEICBOOOXKAae-
Mol mipu okucienun moJiekyisl HAJIH, TpancopmMupyercsi B SJHEPruio dJieK-
TPOXUMHYECKOTO MOTEHIMAJA TPOTOHOB.

Enuanna u3zmMepeHus: 3J1eKTPOXMMUYECKOTO MOTEHINANa — mKoyJIL-MOJIB'l.
J{ns mepeBo/ia BEIMUMHBI Pa3HOCTH JIEKTPOXUMUYECKOTO MOTEHINANa B BOJIb-
Tl €€ HeoOXxoaumo pasnenuTh Ha uuciao Dapaxaes. [lomyueHHoe dYacTHOE
I1. Mutuen, co3marenb XeMUOCMOTHYECKON TEOPUH, MO aHAJIOTUH C BJIEKTPOH-
JBWXKYIIEN CHIIOW MPEIIOKUIT HA3bIBAaTh MPOTOHABUKYIIEN CHIION

AR, 2,3RT

Ap="He A
T =

[Ipn nBMXEHUHU TIPOTOHOB IO JIEUCTBUEM MPOTOHABUKYIIEHU CUIIBI COBEP-

- H:
A, =2.3RT log, (100 +F (0, ~0,), (6.13)

(ApH), (6.15)
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nraeTcs paboTta. DHeprus, 3aMaceHHasi B pa3HOCTH AJIEKTPOXUMUYECKHUX MOTEH-
[[MaJOB MPOTOHOB, HCIOJB3yeTCs MAJid TpaHCIoOpTa mupyBata W Qocdara
BHYTPb MHUTOXOHApH. OZHAKO OCHOBHAsI YaCTh 3allACEHHON Ha BHYTPEHHEHN
MeMOpaHe MHUTOXOHAPHII »Heprum ¢ momomnibio dpepmenta H'-AT®-cunTasbl
TpaHCHOPMHUPYETCS B YHEPTUIO XUMUUYECKHX CBsI3el MosieKysl ATO.

6.3. H-AT®-CUHTA3A: CTPOEHUE U ®YHKLUU

H'-AT®-cunraza (H'-ATda3a) sBnsercsd (pepMEHTOM, KaTalU3UPYIOLINM
dbochopunupoanue AJID 3a cueT SHEPTrHUH, 3arIacaeMoi MPU CO3TaHUU TPaJIn-
€HTA 2NEKTPOXMMUUYECKOTO TIOTeHI[Haaa MPOTOHOB. BaxkHo oTMeTuTh, yrto H'-
AT®-cunTa3a sBnsercss GEepMEHTOM, KOTOPBIM CIIOCOOEH KaTalIU3HUpPOBATh Kak
cuHTe3, Tak U Tuapoiau3 AT® B sHeprompeoOpasyronmx MemMOpaHax KIETOK
pacTeHul, )KUBOTHBIX U Oaktepuil. B pexume cunreza AT® ¢dyHkuronupona-
Hue H'-AT®-cunTa3bl obecrneunBaeTcsi 3a CUET JBMKEHHS NPOTOHOB B pe-
3yJIbTaTe CYLIECTBYIOLIETO TPaJueHTa MX KOHIEHTpauuid. B To sxe Bpems H'-
AT®-cruHTa3a MOXKET PYHKIIMOHUPOBATH KaK IMPOTOHHBIN HAacocC. 3a CYET dHep-
ruu, BbLaesstonecs npu ruapoinse AT®, oHa MOXKET NepeKauyuBaTh MOHBI
BOJZIOPOJIa B HAIIPABJICHUMU T'PAJUEHTA JIEKTPOXMUMHYECKOTO NMOTEHIMAIA MPO-
TOHOB.

H'-AT®-cunTa3a coCTOUT M3 ABYX yacTeil. CxeMaTHyeckoe H300pakeHue
AT®-cuHTa3HOTO KOMIUIEKCA MPEJCTaBICHO Ha puc. 6.5. MeMOpaHHas 4acTh
H'-AT®-cunTassl HasbiBaeTcsa (akTopoM conpsikenus Fo. BomopacTBopuMblii
¢parment H'-AT®-cuHTa3b], BEICTYNAOIMI U3 MeMOpaHbl B BUie chepude-
cKoro o0pa3oBaHus, Ha3zbiBaeTcsa (hakTopoMm conpspkeHus Fi. B mutoxonapusix
H'-AT®-cunTa3a BCTpoeHa BO BHYTPEHHIOK MeMOpaHy, a KomIuieke F; obpa-
nieH B cropoHy marpukca. O6pazoBanue AT® u3z AJID m HeopraHmdeckoro
docdara (®) npoucxomut B karanuTudeckux neatpax H' -ATd-cunrassl, pac-
MOJIOKEHHBIX B KoMIUiekce F;. benkoBbiit kommieke F; MOXKHO CpaBHUTENTBHO
JIETKO OTAEJIUTh OT MEMOpaHbl, IPU 3TOM OH COXPaHSAET CIIOCOOHOCTh KaTalu-
3upoBath ruAponn3 AT®. OxHako u30aMpoBaHHbIN (hakTop compspkenus Fi He
criocoben cuntesupoBath AT®. CBsizaHo 3T0 ¢ TeM, uto pabota ATD-cuHTa3bI
B pexume cunTe3a AT® conpspkeHa ¢ IEPEHOCOM 4Yepe3 Hee NMPOTOHOB, MyTh
KOTOpBIX IpoJjeraer uepe3 Fo u HanpasieH B ctopony F;. Takol HampasieH-
HBII TIEpeHOC MPOTOHOB BO3MOYXKEH TONBKO B TOM ciydae, ecimu H'-AT®-
CHUHTa3a BCTPOEHA B MEMOpaHy 3aMKHYTBIX 3HEPronpeoOpa3yroInxX OpraHesi
WM B TUIa3MaTUYECKY0 MeMOpaHy OaKkTepuaabHON KIETKU.

Bonopactsopumelii pparment H'-AT®-cunTasbl IpejacTaBiseT coboii Ge-
KOBBI KOMILJIEKC, KOTOPBIA COCTOMUT U3 ACBATU CYOBEIWHUILL MATH THUIIOB, I0-
JYYUBIIUX Ha3BaHUE CyOBeIUHHUIL 0, B, v, O 1 €. OgHA MOJIeKyJia pepMeHTa Co-
JEP>KUT TPU OJIMHAKOBBIEC O- U TPU OJUHAKOBBIE B-CyOBEAMHUIIBI, @ TAKXKE IO
OJIHOU cyObenuHuIle Yy, 0 U € (COoKpaiieHHOe oOO3HaueHue KoMIuiekca Fj

153



a3P3yoe). Ha cyObenununax o u B HaxomsaTcs HEHTphl cBs3biBaHUs ATD u
AlI®, opHAaKO KaTaJUTUYECKOW aKTUBHOCTHIO 00Jagar0T TONBKO  [-
CyOBbEIUHUITBI.

+
Puc. 6.5. Cxematnueckoe nzodpaxkenue H -ATD-cunTassl

[TonunenTuanbie neNu o- U B-CyObEIUHUIL YIIOKEHBI B IOX0XKHUE MO CTpOe-
HUIO O€JKOBBIE TJI00YJIBI, KOTOPbIE BCE BMECTE 00pa3yroT aHcaMOllb, COCTOS-
il U3 mecTu cyobenunuil (03f3). ITOT aHcamMOIb UMEeT BUJ CJIeTKa MpHU-
IUTIOCHYTOTO 11apa BbIcOTOM 8 HM U mmpuHoi 10 HM. B menTpe mapa Haxo-
TUTCSl CyOBeUHUIIA Y, KOTOpas o0pa3oBaHa ABYMS MPOTSIKECHHBIMH TTOJTUTICTI-
TUIHBIMH TICTIIMH W HAllOMHHACT cJierka JAe(OpPMHPOBAHHBIA W30THYTHIH
CTEP>KCHb JUTMHOW OKOJIO 9 HM. HuXHSS 9acTh CyOBEAUHUIILI Y BBICTYIIACT U3
niapa Ha 3 HM B CTOpoHYy MeMOpaHHoro komiuiekca Fo. CyObenununa 6 pacmno-
JIO’KEHA CHapykH KoMmiuiekca Fi. BHyTpu ancam0iis o33 HaX0IuTCss MUHOpHAs
cyObeanHuIa €, KOTOpas CBsi3aHa ¢ cyObeauHuuen y. MemOpaHHbIil (hparmMeHT
Fo cocTOUT M3 MOIMNENTHAHBIX CyObETUHUIL TPEX TUMOB. B ero cocraB BXousr
OJiHa CyObEIMHUIIA TUTIA A U JIBE CyOBEUHUIIBI THMA b, UMEIOIINE MOJIEKYJISP-
Hbie Maccel 20—30 k/la, a Takxke 10BOJaBHO OobIoe yucio (n = 10 — 12) oxau-
HAKOBBIX KOMHI Oojiee MeNKOW CyObenuHHUIbI ¢ (MOJeKylsgpHas macca 6—11
k/la). Cokpaimennoe 0003HaUE€HHE MOJEKYJSIPHOW CTPYKTYphl (hakTopa co-
npsokeHust Fo Oynmer ab,C,. Kaxnas u3 cyObeauHuIl b comepXuT IuIb OJuH
CPaBHUTEIPHO KOPOTKHM y4YacTOK, TOTPYXEHHBI B MeMOpany. OctaibHas
4acTh CyOBEIUHUI] b 3aMETHO BBICTYMAET U3 MEMOpPaHbl B CTOPOHY KOMILJIEKCA
F1 1 3akperuisieTcs 3a pacnoJIOKEHHYI0 Ha €ro MOBEPXHOCTU CYOBEIUHUILY O
(puc. 6.5). CyObeauHuIlbl ¢ 00pa3yroT eauHbli aHcamOIb (Cp), nMeronuii (hop-
My IUIMHAPA, IOTPYKEHHOTO B MeMOpaHy. BricTynaromias 3 komruiekca Fi B
cTopony Fy cyObeaunuIa y, mo-BUIMMOMY, TIOTPYXKE€HA BHYTPb 3TOTO IMIIMH]I-
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pa ¥ 3aKperJicHa B HEM.

IIepeHOC TPOTOHOB MPOXOJUT YEPE3 JIBAa MPOTOHBIX «IIOJYKAaHANA», paCIo-
JIO’)KEHHBIE Ha TpaHulle MeXAy cyobeauHuamu a u c. OAuH U3  «IoJyKaHa-
JIOB» HAXOAMUTCS OJMIDKE K TOM CTOpOHE MeMOpaHBI, KoTopas oOparieHa B 00-
JIACTh C TMOBBIIMICHHOW KOHILIEHTPAIMEN MOHOB BOJOPOJA. DTOT «IOTyKaHAID)
oOecrieuynBaeT MOCTYIUICHHE MPOTOHOB K OMpPEAeNEHHBIM (yHKIIMOHATHHBIM
rpynnam Fy, pacnionoskeHHbIM BHYTpU (epmenTa. [pyroit «momykanam», 00-
paIIeHHBI B MPOTHUBOMOJIOXHYIO CTOPOHY MEMOpaHbI, 00ECIIEYMBAET BBIXO]]
MIPOTOHOB B 00JIACTh C MEHBIIEH KOHIIEHTpalueld HOHOB Bojopoaa. Cuurtaercs,
YTO «IMOJYKaHAJIb» HE CBA3AHBI JAPYT C IPYTOM HEMOCPEICTBEHHO, MOCKOJIbKY
OHM CMELIEHBI JPYr OTHOCHUTENIBHO Jpyra. IlepeHoc MpOTOHOB MPOXOIUT C
ydacTheM KoJiblla U3 cyobenuuun c. Kaxnas u3 3Tux cyObenuHMI] B CBOEH
HEHTPAIbHON YaCTH COJEPKHUT MPOTOHUPYEMYIO KapOOKCHIIbHYIO TPYIITY, KO-
TOpasi COCOOHA MPUCOEAUHSITH U OTAABaTh MPOTOHBI YEPE3 COOTBETCTBYIOIIHE
MIPOTOHHBIE «ITOJTYKAHAJIBI.

OcobenHocTs (GyHKIHoHUpoBaHUs H'-AT®-cHHTa36l 3aKII0YAETCS B TOM,
yTO0 (PEpPMEHT MPEJCTaBISICT COOOM TMOJHYIO aHAJOTHIO 3JIEKTPOJBUTATENEH,
CO3/IaHHBIX YEJIOBEKOM U COCTOAIIMX M3 poTopa U craropa. [Ipuuem sHeprus
JUIs. paboThl JJAHHOTO «MOTOpPa» BbIPAOATHIBAETCS C MOMOILIBIO BOJOPOJIHO-
KUCJIOPOJAHOTO TOIUIMBHOTO 3JIEMEHTA, PEAJIM30BAHHOIO MPUPOJAONA B BUJIE JIbI-
XaTeJIbHOM LENH MUTOXOHIAPUH.

IIpencrapnenus 06 H'-AT®d-cuHTa3e kKak MOJEKYISpHON MalIuHe, paboTa
KOTOPOM CBSi3aHa C €€ BPAIllEHHEM, XOPOIIO COTJIaCylTCS CO CTPYKTYPHBIMU
ocobenHocTssMi H'-AT®-cUHTa3bl, B KOTOPOl MOYHO BBLIETUTH JABE TPYIIIbI
0enkoBbIx cyObeauuull. OaHa U3 HUX o0pa3yeT CcTaTop MOTOpa, KOTOPHIA He-
MOJBM)XEH OTHOCUTEJIBHO MEMOpaHbl, a JIpyras COOTBETCTBYET MOJBHKHOMY
pOTOpY, BpallaIeMycsi BHyTpH ctatopa (cm. puc. 6.5).

Crarop BKIIIOUaeT B ce0s 1MapooOpa3Hblil rekcamep, 00pa3oBaHHBIN TpeMs
CyObeIMHHUIITAMU O, U TPEeMs CyObeAUMHHUIIAMH [3, a TakKe CyObeIUHHIBI a U b
MeMmOpaHnHoro komiuiekca Fo. PoTop cocTout u3 cyObeuHuIl Y U € KOMILIEKCa
F1. Bopoc 0 ToMm, B cocTaB Kakoro (pyHKIuoHaibHOTrO y3i1a AT®d-cuHTasbl,
CTaTopa WU POTOpa, BXOJAT CyObEIUHUIIBI C, SIBJISIETCS CIOpHBIM. HekoTopeie
UCCJIEIOBATENN MOJaralT, YTO CyObeAMHHUIA Y )KECTKO CILEIUIEHA C KOJbLOM
13 cCyObeIMHUIL C ¥ BO BpeMsi pab0oThl AT®-CUHTA3bI KOJIBIIO U3 CYOBEIUHHUIL C
BpallaeTcs, oJJo0HO MaXxOBOMY KOJIeCY, BMECTE C CyObEeIMHUIIAMU Y U €.

Bpamenne poropa H'-AT®-cuHTa3bl NPOMCXOAUT KAaK TNPH THAPOJIU3E
AT®, tak u B ycnoBusax cuateza AT®. Cuna, npuBosias B JBUKEHUE POTOP
AT®-cunTassl, padorarmieit B pexxume cuare3a ATD, Bo3HUKaeT 3a cueT mo-
TOKa MPOTOHOB, MPOTEKAIOIINX YEPE3 «IOJIyKaHaIbD». BiIoOKHMpoBaHUE MPOTOH-
HOTO KaHaJia C MOMOIIbI0 MHTHOUTOpPA, ACHCTBYIOIIETO HAa OJHY W3 CyOBeau-
HUI[ ¢ MEMOpaHHOTO KOMIUIeKca Fy, OTHOBpEMEHHO MOJaBIseT BpaIleHUE Po-
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Topa u cuHte3 ATO.

CyObpeauHuia y He MOXKET CBOOOJIHO BPAIaThCsl BHYTPU KOMIUIEKCa 03Pz 3a
CUET PHEPTUU TEIUIOBBIX ABMXKEHUN. JIJI1 TOro 4TOOBI IPOBEPHYTH POTOP BHYT-
pH cTaTtopa, U TEM CaMbIM 3aCTaBUTh (hepMeHT cuHTe3upoBath ATD, HeoOxo-
1UM BHeIHUH uctounuk sHeprun. Korna H'-AT®-cunTasa paboTaer B pexH-
Me cuHTe3a AT®, NBUKYIIEYI0 CHIy Mpoliecca 00ecieurBaeT TPAIUCHT JICK-
TPOXHUMMUYECKOrO MOTEHIHana IpoToHoB. IIpu pabore H-AT®-cunrassl B pe-
xuMe ruapoau3za AT® MCTOYHMKOM SHEPTrUH Ui BPAIICHHS POTOpA CIYKUT
’HEprus, 3anaceHHas B mojiekyjae ATO.

Camoe BrieyaTIISIIOIIee JOKa3aTesIbCTBO TOr0, YTO CyOBbEAMHMIIA Y IEUCTBU-
TEJbHO Bpallaercs nNpu GyHKIMOHUPOBAHUM (PEPMEHTA, OBLIO MOIY4YEHO IpyI-
IO AIOHCKUX HMCCIIE0BATEIEH B KOHIIE IIPOLIOrO BEKa, KOTOPBIM BIIEPBBIC
yZaJoCh HEMOCPEJCTBEHHO YBHUJETh BpallleHHE CyOBEAMHMIBI Y C MOMOIIBIO
¢yopecueHTHOro Mukpockomna. UtoOsl HaOM0AaTh 3a BpallleHueM CyObeIu-
HUILBI Y, K €€ OCHOBaHWIO, BBICTYIAIOIIEMY M3 KoMIulekca F;, mpukpenuim
CHEeLMATIbHBIA MaKpOMOJIEKYJISIPHBIN Mapkep — ()parMEeHT HUTHU aKTHUHA (OEIOK,
BXOJSIIIIUN B COCTAB MBIIIII]) JJIMHOW OKOJIO OJTHOTO MUKPOHA, KOTOPBIH, B CBOIO
ouepeib, IOMETUIIM MOJIEKYJIaMU (uryopecuupyroniero kpacuress. OcTanbHyo
YacTh OTAEJIEHHON OT MeMOpaHbl MOJEKYJbl F; MpUKpenuiaum K HENmoJIBHKHOU
ITOJJIOXKKE.

Hab6nrogas ¢ momMoIp0 MUKPOCKOIIA 32 U3MEHEHHEM TOJIOXKEHU (iyopec-
LHUPYIOIIEH HUTU aKTUHA, )KECTKO CBA3aHHOW CyOBEIUHULEH Y, YIAJI0Ch HEIO-
CPEICTBEHHO YBHJIETh €€ BpalleHue. B panpHeineM OblJI0 MOKa3aHO, YTO MO-
nexkyna F; Bpamiaer akTHHOBBIN XBOCT IUCKPETHBIMU CKaYKaMHM C IIaroM, paB-
HbIM 120°. OnuH ckadok Ha 120° compoBoXkAaeTCsl TUAPOJIUM3OM OJHOM MOJie-
KyJapl AT®. Ilpu oTCYyTCTBMM MCTOYHHMKA 3HEPTrUM (KOTAAa CUCTEMA HE COJEp-
xana mMojekyll AT®) perynspHOro HampaBJIEHHOTO BpallleHUs CYyObEIUHUIIbI
HE MPOMCXOANIIO, a HAOIIOJAIKCh JIUILb OUYEHb PEJIKUE CIy4yailHble TOBOPOTHI B
00OMX HaINpaBJIEHUSAX, OOYCIOBJICHHbIE TEIJIOBBIMU ABM)XEHUAMU. Moieky-
nsipHbIi MoTop H'-AT®-cunTa3a XxapakTepusyercs: BHICOKMM KO3()(PUIIEHTOM
nosiesHoro aeictBug (KII/). [lokazano, uro pabota, KOTOPYHO COBEPLIAET MO-
TOP MPH IMOBOPOTE aKTMHOBOTO XBOCTa Ha 120°, mpakTHyecky paBHA dHEPIUH,
3anmaceHHo B Mosekysne AT®. To ects, KIIJ] MoTopa 6130k k 100 %.

MakcumanbHasi CKOPOCTh BPAIICHHS] TAKOTO MaKpOMOJIEKYJISIPHOTO MOTOpa
JIOCTHUTraja YeThIpeX 000pPOTOB B CEKYHAY. ITO, KOHEYHO, HUKE CKOPOCTH Bpa-
nieHust potopa (17 060poTOB B CEKYHY), KOTOPYIO MOXHO OBLTO ObI 0KHIATh
UCXOJs U3 TOTO, YTO B HOPMAJIBHBIX YCIOBUSIX (0€3 Harpy3Kku) ojJHa MOJIEKyJia
depmenta ruaponusyer 52 monekyiasl AT® B cexkynmy. OmHako BpaieHHue
JUIMHHOTO XBOCTA, MPUIIUTOTO K CYOBEIUHHUIIE Y ITIsl TOTO, YTOOBI MOYKHO OBLIO
HaOJII0/1aTh €€ BpalleHue, MPeACTaBseT co00il OOJNBIIYI0 THIPOJAUHAMUYE-
CKYIO HArpy3Ky JUisi MOTOpa MaKpOMOJIEKYJIIPHBIX pa3MepoB. BpaiarenbHblil
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MOMEHT, Pa3BHBAEMBIH STHM MOTOPOM, IpeBbimaeT Bemmauny 4,5-10%° Hom.
Takum o0pazom, AT®-cuHTa3a SABISETCA CaMbIM MaJIECHbKUM U3 BCEX M3BECT-
HBIX MOTOPOB.

Cunte3 AT® cBsi3aH co cTpyKTypHbIMU nepecTpoiikamu H'-AT®-cunTassl,
B X0JI€ KOTOPBIX U3MEHSIOTCS COCTOSHUS KAaTAIUTUYECKUX LIEHTPOB (hepMeHTa.
CuuTaercs, 4TO MOBOPOT CYOBEAMHUIIBI Y BBI3BIBAET OJHOBPEMEHHOE U3MEHE-
HUE KOH(pOopMaIuu BCeX TpexX KaTtaauTuieckux cyobeaunuil . Kaxnas usz tpex
KAaTaJIMTUYECKUX [-CyOBEIUHUI] MOXKET MOOYEPETHO HAXOJUTHCA B OJTHOM W3
TpeX KOH()OPMAIMOHHBIX COCTOSHUM, pa3IMYalOlIUXCs MO CTENEeHU CPOJICTBa
Monekyla AT®, AJI® un @ kK KaTaNTUTHIECKOMY LEHTPY. DTH COCTOSHUS CXeMa-
TUYECKU TMOKa3aHbl HAa pUC. 6.6: 1 — cocTosiHUE «OTKPBITOTO» LIEHTPA, C KOTO-
pBIM MOTYT cBs3aThcst MOJIeKyNIbl AJID u @; 2 — cocTosTHUE C «3aKPBITHIMY Ka-
TAJIUTAYECKUM ILIEHTPOM, KOTOPBIM MPOYHO yHaepKUBaeT MoJIeKyslbl AT,
AJl® u @; 3 — cocTosiHNE, B KOTOPOM Ociabisercs cBsi3b MoJeKyiabl ATD c
KATAIUTUYECKUM LIEHTPOM U MPOUCXOAUT €€ JUCCOLUALINS B PACTBOP.

PaccmoTpum mocieioBaTebHOCTh COOBITHM, MPUBOASAIIMX K 00pa30BaHUIO
AT®. [Ing onucanus Leny peakuuid OyaeM UCIOJIb30BaTh CIAEAYIOIINE CUMBO-
ael: E — ns 0003HaueHHsT KaTamuTuyecko P-cyObeauHuiibl epMeHTa, CBO-
o6omuoit ot cyboctparoB (AJ® u @) u upoaykroB (ATD) peakiuu,

Ege W ES,. — ns 0603HaueHus B-CyOBEIMHNL, COACPXKAIINX CIabo- u

poYHOCBsI3aHHbIC MOJIEKYJbI A/I® n @, cooTBeTCTBEHHO, 2 E0, W EZ) —
B-cyObenunuIl, cojepxalmx MpoyHO- U ciabocBsizaHHbIE MOJIEKYJIbl ATO,
COOTBETCTBEHHO.

CambIM TIEpBBIM aKTOM B IIEMU COOBITHI, MPUBOISAIIMX K 0Opa3oBaHUIO
ATP, aBnsercs cBs3biBanue Moyiekysn AJ[® u @ akTUBHBIM LIEHTPOM CBOOO/I-
HOM B-cyObenunuiibl (E), HaXoasIecs: B coctosiHuu 1,

AN+ D+EE . (6.16)

3a cyeT PHEpruy BHEUIHErO0 MCTOYHHMKA B MOJIEKyJe Fi MpOMCXOmSIT KOH-
(dbopMaliOHHbIE U3MEHEHUS, B pe3ynbTaTe KOTOpbIX A/I® 1 @ npoyHO CBS3bI-
BAIOTCS C KATAJIUTUICCKUM IICHTPOM (COCTOSTHHE 2),

Bl > Elg. (6.17)

B 3TOM cocTosiHuM B KaTaJIUTHYECKOM IIeHTpe (epMeHTa CTAHOBUTCS BO3-
MOXHBIM 00pazoBanue ATD:

Ej:ﬁd» > EEAZ?CI» ' (618)
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Puc. 6.6. Cuare3 ATO:

1 — cocTOsIHME «OTKPBITOTO» LEHTPA, C KOTOPBIM MOTYT CBSI3aThCSl MOJIEKYJIBI
A1D u @; 2 — cOCTOSIHHE C «3aKPBITHIM» KaTaTUTUYECKHM LIEHTPOM, KOTOPBIN
npouHo yaepkuBaeT Mosekyisl AT, AIID u @; 3 — cocTosiHuE, B KOTOPOM OC-
nabsiercst cBs3b MoJeKymnbl AT® ¢ KaTalUTUUYECKUM LEHTPOM M MPOUCXOAUT €€
JCCOLMAIUsL B PACTBOP

Cnenyer 0co00 OTMETUTh, YTO Ha JaHHOW cTaauu paboTel ATd-cuHTAa3bI,
KOI/Ia TPOUCXOJIUT O0pa3oBaHUE KOBAJIEHTHOW CBSI3M MEXAY (PocpaTHBIMU
rpynnamu Mosiekysl AJI® u @, hepMeHTy npakTUYecKu HE TpeOyeTCs: SHEPTUH.
C nmomomibp0 pauOAKTUBHBIX U30TOIOB 0" u P* 6su10 YCTAHOBIIEHO, YTO pe-
aKuuu cuHTe3a u ruaponnsa ATP B karanuTuyeckoMm HeHTpe pepMeHTa aKTHB-
HO UAYT NPU OTCYTCTBUU BHEIIHETO MCTOYHMKA SHEPIUH, ITOCKOJIbKY OHHM Ha-
OMOJA0TCs JaXkKe B Pa300IEHHBIX MUTOXOHJPHUSX. YCTAHOBJIEHO, YTO KOH-

CTaHTa PAaBHOBECUS PEAKIIMH E§E®> < END  Gnuska K emuHMIE. DTO 03Ha-

YaeT, YTO B KaTAJIMTUYECKOM IIeHTpe (hepMEeHTa CaMOIPOU3BOJIBLHO HUIYyT MHO-
TOYHUCJICHHBIC aKThl 00pa30BaHUS M pa3pbiBa KOBAJICHTHOW CBS3U MEXTy (oc-
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dbatapiMu Tpymninamu AJI® u ®@. B mukie depmentraruBHoro cuntesa AT
BHEILHSS YHEPrusi HE0OX0AMMa B MEPBYIO OUYEPEIb JIJIsi OCBOOOXKIEHUS POYHO
CBsI3aHHOM MOJIeKyJibl AT® 13 KaTaIuTUYECKOIO IEHTPA.

[ToaToMy cnemyrommii dTan padoThl (hepMEeHTa 3aKIIF0YaeTCs B TOM, YTO B
pe3yabpTaTe 3HEPro3aBUCHUMOrO CTPYKTYPHOIO M3MEHEHMS MOJEKyJbl F; kara-
JUTHYECKas CyObeIUHMIIA 3, copepKalas MpoyHo cBsi3aHHYI0 Mojekyny ATP,
MIEPEXOJIUT B HOBOE COCTOSIHUE, B KOTOPOM CBsA3b ATP ¢ katanuTryeckuM LeH-
TpoM ocJiabJiieHa:

H,0 DHeprust H,0
E</§TCD> <—)EAT2q> ' (6-19)

B pesynbrate aToro monekyna AT® nokugaet pepMeHT, yCTymas MECTO B
KaTaJIMTUYECKOM IIeHTpe IpyruM mosekyinaM AP u @ u3 pactBopa:

E\% <> E+AT® +H,0. (6.20)

Oxa3aBimuch cBOOOJIHOM, cyObequHUIIA [3 BO3BpalIaeTcsl B UCXOJHOE KOH-
dbopmaniuonHoe cocrosinue 1, Onarojmaps yeMy W OOECIeUMBAECTCS LMUKINY-
HOCTb paboTHl (hepMEHTA.

OnwucaHHbIe BHIIIE NEPEXOAbl MEXTy cocTosHMsIME 1| — 2 — 3 —> 1 (em.
puc. 6.6) MpoUCXOIAT B pe3yJbTaTe SHEPro3aBUCHUMBIX CTPYKTYPHBIX Iepe-
ctpoek H'-AT®-cunTaskl, KOTOpPhIE OCYIIECTBIAIOTCS 32 CUET SHEPTHH BHEIL-
HEro MCTOYHHKA. DTH NEPECTPOMKH MMEIOT KOONEPATUBHBIM XapaKTep — OHU
OJTHOBPEMEHHO 3aTParuBarOT COCTOSIHUSI BCEX TPEX KaTATMTHUYECKUX CyOBenu-
Hu1l B, Bxoasaumx B coctaB H'-AT®-cunTassl. B pesynbrate Tpex mocieaoBa-
TEJIbHBIX CTPYKTYPHBIX MEPEXOI0B OJHON B-CyOBEAUHUIBI B PACTBOPE MOSBIIS-
eTcs oJHa HoBasg MoJeKkyina AT® u CTaHOBUTCS MEHbBIIE HAa OJHY MOJICKYIY
AJl® u onny monekyny @. OmHako, y4uThIBas, YTO MOJIeKyJa F; comepxur
TpH B-CyOBEAMHUIIBI, TO MOCIE KaXIOT0 SHEPrO3aBUCUMOTO CTPYKTYPHOTO TIe-
pexona H'-AT®-cunTassl B pacTBope OyeT MOABIATHCA OHA HOBas MOJIEKyJIa
ATO.

[IpenmnonaratoT, 4YTO CTPYKTYpHbIE NEPECTPOHKU (EPMEHTA, BBI3BIBAIOIINE
n3MeHeHue cpoactBa Moyiekyn AT®, AJI® u @ k kaTanTUTHUYECKUM CyOBeu-
HULIAM [POUCXOJAT B PE3YJIBTATE JIEKTPOCTATUYECKUX B3aUMOJIECUCTBUM, UHU-
LMMPOBAHHBIX MPOLECCAMH MMPOTOHUPOBAHUSA M MOHHU3ALUU KHUCIOTHBIX TPYIII
AMUHOKHCIJIOTHBIX OCTaTKOB, BXOJAIIMX B cOcTaB (hakropa comnpspkenus Fi. Jlo
TeX IMOp, MOKa 3a cueT pabOThl LIEMH 3JIEKTPOHHOTO TPAaHCIOpPTa Ha MeMOpaHe
OyJeT MOAIepKUBATLC TOTOK MPOTOHOB uepes H'-AT®d-cuHTasy, LUKIHYe-
CKUW TpOoLecC NPOTOHUPOBAHUS U JIEIPOTOHUPOBAHUS (PYHKIIMOHAIBHBIX KH-
CIOTHBIX Tpymm ¢epMeHTa OyAeT MOBTOPSATHCS MHOTOKpaTHO, oOecreunBas
CUHTE3 HOBBIX MOJIeKyll ATO.
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6.4. AIbTEPHATUBHbIE ®YHKUWUU ObIXAHUA
B MUTOXOHAOPUAX

[Iponecc MoOromEHUsT KACIOPOIa B MUTOXOHJIPUAX, HA3bIBAEMBIN TAKKE
JBIXaHUEM, OCYILECTBIISICTCA NMPU (PYHKIIMOHUPOBAHUHU DIIEKTPOHTPAHCIIOTHBIX
uerneii. I[Ipu 3TOM KuCIOpoa B peakuusx, KaTAIM3UPYEMbIX KOMIIOHEHTaMHU
JIAHHBIX LETMEW, HE BCETJa MCIIOJIb3YETCs B MPOLECCaX, CONMPSIKEHHBIX C 3ama-
canueM sHepruu B Bujae ATO.

MuUTOXOHAPUHM KOPBI HAANOYEUYHHUKOB COAEPKAT IIEKTPOHTPAHCIIOPTHYIO
LEIb, AaHAIOTUYHYIO 3JIEKTPOHTPAHCIIOPTHOM 1ienu DP, B KOTOPOW ¢ NOMOILbIO
nutoxpoma P450 ocyiiecTBisieTcsi OKCUT€HAlMsl XOJECTEpHUHA B IPOLECCe
CHUHTE3a CTEPOUIHBIX TOPMOHOB. MUTOXOHIpUU KIIETOK Oyporo >kupa B 00Jb-
IIOM KOJIMYECTBE COAEPKaT OENOK-TpOTOHOGOp — TepMoreHrnH. C MOMOIIBI0
TEPMOr€HHHA MPOTOHBI U3 MEKMEMOPAHHOTO MPOCTPAHCTBA MUTOXOHIPHI TT€e-
PEHOCATCS. B MATPUKC. DHEPIrUsl IPOTOHHOIO TPAUEHTA IPA ATOM JTUCCUIIATH-
pyercs B temino. Takum oOpa3oMm, B JAHHOM MEXaHU3ME PHEPIUs OKUCIIECHUS
KHCJIOPOJIOM OPTraHMYECKUX BELIECTB TPAHCPOPMHUPYETCS B TEILIO, MUHYS CTa-
v cuHTe3a U ruaponn3a ATO.

Hapsiny ¢ 3Tum, MeTaboa13M KUCI0pOoia B MUTOXOHIPUSX COITPOBOXKIAETCS
oOpa3zoBaHueM akTUBHBIX (opm kuciopoga (ADK), obnagaromux MIHUPOKUM
cnekTpoM ¢usnonoruueckoro aeiictsus. K rpynne A®K oTHOCAT cynepok-

CUJHBIN aHUOH-PAJIUKAT (Og), nepokcui Bogoposa (H,O,) u npyrue npoayk-
ThI MeTabom3Ma kuciopoaa. Obpa3zoBaHue CyNEepOKCHIHOIO aHHMOH-PaJIUKaja

B JILIXaTEJIBHOM 1eTH 00yCIIOBIECHO MEPEHOCOM DJIEKTPOHOB C KoMIUiekca | umm
komruiekca |1l gyepes monekyny youceMuxuHoHa Ha MOJIeKyny kuciopoaa. Ilo-

spiaeHre O, B MH000M OMONOTMYECKON MM MOJEIBHOM CHCTEME COIPOBOXK/a-

etcst oopazoBanuem H,O, B pe3ynbrare peakiuu AUCMYTalUH CyNepOKCUIHO-
ro aHumoH-pagukana. Monekyna H,O, — He3apsikeHHast cTaOuiibHas MOJIEKYIa,
crocoOHast AU YyHAMPOBATh K CBOMM MHIIICHSIM HAa CPAaBHHUMBIE C pa3MepaMu
KJIETOK paccTosiHud. OcHOBHbIMU MuIIEHAMH H,0, B KJIETKE SABISIOTCS THOJIBI
O€NKOB, KOHCTaHTa CKOPOCTH PEaKIUU C KOTOPBIMH sl IEPOKCUIA BOJOPOIa
nocturaer 10° (Mons/1) "¢ . B pesynpraTe B3aMMOIEHCTBHS IEPOKCHIA BOIO-
poJia ¢ ThoJIaMH 00pa3yroTCa AUCYIb(UIHBIE CBSI3U U U3MEHSETCS AKTUBHOCTh
0enkoB. M30BITOK MOJIEKYJ MEpPOKCUAa BOAOPOJA yAAISeTcsl CHeluaIbHbIMU
dbepMeHTaMu, TAKUMHU KaK EPOKCUAA3bl U KaTanasbl.

[Ipu pyHkMOHMpPOBaHUM JbIXaTenbHOM Lenu oopazoBanue ADK mpoucxo-
quT noctostHHO. [Iporeccel oOpa3zoBanus ADK MUTOXOHAPUSMU YCUITUBAIOTCS
pu ACUCTBUU Pa3NUYHBIX (DAPMaKOJIOTUYECKHUX IMpenapaToB U (HU3MOJIOTHYE-
CKHUX CTUMYJIOB. B kauecTBe curHasibHbIX MoJieKyadl ADK yyacTBYIOT B peryins-
iy MeTabonusMma, TudhepeHITMPOBKY U anonTo3a KieToK. OyHKIMOHATbHBIN
OTBET KJIETKU Ha noBeiieHue KoHIeHTpauun ADK 3aBucuT oT THIa aKTUBHBIX
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dbopM KuCIOpOAa, WX KOHIEHTPALMH M JTUTEIBHOCTU KOHIIEHTPALMOHHOTO
ctumyna ADK. Takum o06pa3zom, MUTOXOHAPUHU SBISIIOTCS MHOTO(PYHKIHO-
HaJbHBIMHM OpraHejuiaMu, MeMOpaHbl KOTOPBIX YYaCTBYIOT B KHCJIOPOJI3aBUCH-
MBIX Tpoleccax 00paboTku MHpOpMaIUH, mpeoOpa3oBaHUs YHEPTHH U BeEIlle-
CTBA.

NMABA 7. MEMBPAHbI QHOOIMINA3MATUYECKOIO
PETUKYNTYMA, AMNMNAPATA TONIbOXU U
APYITUX OPIrAHENN

7.1. OCHOBHbIE ®YHKUWNA MEMBPAHbI I'MAOKOIO
QHOOMNASMATUYECKOIO PETUKYITYMA

O6mume i Bcex MmeMOpaH OapbepHasi 1 MaTpu4Hasi PyHKIIMK obecrneunBa-
I0TCS TJIABHBIM 00pa30M JIMIUIHBIM OHCIIOEM, CTPYKTYypa KOTOPOr0 MPUMEPHO
OJIMHaKOBa BO Bcex MemOpaHax. OmHako HaOOp OENKOB WMHIWBHUAYAJEH JIs
KQ)KJIOTO TUIIA MEMOpaH, YTO MO3BOJISIET MeMOpaHaM y4acTBOBATh B BBINOJIHE-
HUH CaMbIX Pa3HbIX (YHKIUH B KJIETKaX U KIETOYHBIX CTPYKTYpaXx.

OKO0JI0 MOJOBHHBI IUIOLIAAM BCEX MEMOpaH KJIETKH 3aHUMAalOT MeMOpaHbI
HHAOIIA3MATHYECKOT0 peTukyiayma (OP). BeiiensdroT nBa Thma 3HOIUIa3Ma-
TUYECKOTO PETUKYIyMa: TJIaJIKU U rpaHy IsipHbIiA (11epoxoBathiii). B memOpa-
Hax riagkoro OP jokanu3oBaHa cUcTeMa MUKPOCOMAJIBHOIO OKHCIIEHUS, yda-
CTByIOLasi B MeTabonu3Me (U3HOIOTMUECKUX COCAMHEHUN U JIETOKCUKALUU
ruIpohOOHBIX KCEHOOMOTUKOB (1Y>KEPOJIHBIX BEIIECTB).

OCHOBHBIM KOMIIOHEHTOM CHCTEMbl MUKPOCOMAJIbHOI'O OKUCIICHHUS SIBIISET-
cst uutoxpom P450, Ha3BaHHBIN Tak 3a XapaKTEPHBIN CHEKTP MOTJIOIMIEHUS BOC-
cTaHoBJIeHHOTO Komruiekca 6enka ¢ CO B obmnactu 450 uMm. depmeHTaTUBHAS
aKTUBHOCTbH 1uToXxpoma P450 3aBucut ot THNA MOJeKy-cyocTpaToB. Hanbo-
jee TUIMUYHOW aKTHBHOCTHIO JTAHHOW CHUCTEMBI SIBISIETCS OKHUCIEHHE JIUIO-
(GUIBHBIX CyOCTPAaTOB B MOHOOKCUT€HA3HOM PEAKIINHU:

RH+AH, +0, > ROH+A+H,0, (7.1)

rae R — nunodunsHbiii cyoctpat, AH, — 1oHOp 31€eKTpoHOB. JloHOpamMu 3iek-
TPOHOB IS MUKPOCOMAJIBHOW CUCTEMBI OKHUCIICHHSI CIY’KaT, B OCHOBHOM, J-
Hykineotuapl HAJIOH nmn HA/IH. Hapsay ¢ MOHOOKCHMIeHa3HOW aKTHBHO-
CThIO HUTOXpOM P450 MokeT mposiBIATh U OKCHIA3HYIO aKTMBHOCTb, BOCCTa-

HaBiauBasa O, 110 0'2 u H,O,:
20, + HAJI®H — 20, + HAJI® " +H™, (7.2)
O, + HAII®H + H" — H,0, + HAJID . (7.3)
[Hutoxpom P450 mposiBiIsieT Takke NEPOKCUAA3HYI0 aKTUBHOCTb, UCIIOJb3Ys
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B pEaKIMU OKHUCICHHUS B KadeCTBE KOCYOCTPAaTOB OpPraHUYECKHE MEPOKCHIBI
WU TiepoKcul Bojoposia BMecto HA JI(D)H:

R,00H +R,H — R,0H+R,0H. (7.4)

AKTHBaIMs KHCIIOpOJa M BHEAPEHHUE KHCIOPOJa B MOJIEKYNTy cyOcTpara
MPOUCXOUT B PE3yJbTaTe HUKIMUYECKUX OKHUCIUTEIbHO-BOCCTAHOBUTEIBHBIX
npeoOpa3oBaHUil ¢ yYaCTUEM MOHOB XkeJe3a B cocTaBe nuroxpoma P450. Muk-
pocoMalibHas CUCTEMA OKHUCIICHUS SHOMIIa3MaTHYECKOTO PETUKYTyMa COCTOUT
u3 yerbipex OenkoB: nurtoxpoma P450, HAJI®H-uuroxpom P450-penykrassl,
mutoxpoma bs m HAJIH-tmroxpom bs-pemykrasbl. [lepeHOC 37I€KTPOHOB OT
HAJ®H na nuroxpom P450 mpoucxomut uvepe3 MPOCTETUYECKHE TPYIIIBI
OAJl 1 ®DMH HAJI®H-umroxpom P450-penykrassl. [lepeHOC 371€KTPOHOB OT
HAJIH mnpoucxomut uepe3 ¢maBuHOBbIe Tpymmbl HAJIH-tmroxpom  Ds-
peIyKTa3bl ¥ TEMOBYIO TPYIITY ITUTOXpoma Ds. Crieyer oTMETHTb, U4TO B psife
ciayyaeB nepeHoc 31ekTpoHoB oT HAJI®H Ha nutoxpom P450 mpoucxoaut c
y4acTHEM IUTOXpoma Ds.

B pesynbrare OKHCIUTEIBHBIX MOAUUKAIINKN, KaTaTU3UPyEMbIX MUKPOCO-
MaJbHOHM cucteMoil OP, momnasmive B OpraHu3M KCEHOOMOTUKU CTaHOBATCS 00-
jee snekTpodpuiabHbIMU. Ha ciiemyromiem stane JeTOKCUKAUU MOAUPUITUPO-
BaHHBI KCEHOOMOTHUK CBSI3bIBAETCS C OTPULIATEIHHO 3apSKEHHBIM COEIMHEHU-
eM (peakius KOHBIOTAIlMs). JTa peakius KaTalu3upyercs TpaHcdepazamu,
pacnoJioxkeHHbIMA Ha MeMOpaHe DP. Konbloranus peakTUBHBIX 3JIEKTPO(HIIb-
HBIX TPYII KCEHOOMOTHUKOB C TJIYTAaTUOHOM WM TJIOKYPOHOBOW KHCJIOTON
yBEIUYUBAET TUAPO(POOHOCTh COETMHEHUN U CTIOCOOCTBYET UX aKTUBHOMY BbI-
BEJICHUIO U3 KJIIETOK.

MeMOpaHa TJ1aJKoro 3HI0MIa3MaTHYECKOTO PETUKYIyMa COAEPKUT TaKXKe
(dbepMeHTBhI, Y4acCTBYIOIIUE B CHHTE3€ >KUPHBIX KUCIOT U (dochonunuaos. B
MeMmOpane OP o0pa3yroTcs MOYTH BCE JIMMHUIBI, HEOOXOMMBIC IS TIOCTPOCHHS
HOBBIX KJIETOYHBIX MeMOpaH, BKJtouas Gochomunuasl u xonecreput. OCHOB-
HBIM CHUHTE3UPYEMbIM (HOCHOIUNTUIOM SIBISIETCS (POCHATHAMIXOINH, KOTOPHIH
oOpa3yeTcsi B TpH dTara U3 JABYX JKUPHBIX KUCIOT, raunepodocdara u xonuna
(puc. 7.1). Kaxnplii atan karanusupyercss B memOpane DP depmenTamu, ak-
TUBHBIC IIEHTPHI KOTOPHIX OOpalieHbl B IUTO30Jb. Ha mepBom sTame ammi-
TpaHcdepaza nobasisieT K raumepodocdary ABe KUPHBbIE KUCIOTHI ¢ 00pa3o-
BaHueM (ocdatuanoit kuciotsl (puc. 7.1, 1). 3atem docdaraza orcoenunseT
dbocdart ¢ oOpazoBanueM auanuariuiepona (puc. 7.1, 2). Ha cnenyromeit cra-
. (OpMUpYETCs TIOJISIPHAsT «T0JI0Ba» MoJieKyisl junuaa (puc. 7.1, 3). Ilo
aHAJIOTUYHBIM MEXaHW3MaM CHUHTE3upyroTcsa docharuammiTanosamut, Gocda-
TUIUICEpUH U (pochaTuIMIMHO3UTOIL.

CunTte3 gochonunuaoB TPOUCXOaUT B MOHOcToe DP, oOparieHoM K 1UTO-
300110. YacTh 00pa3oBaHHBIX MOJIEKYT (HOCHOIUIHUIOB MEPEHOCUTCS B JIPYTOM
MoHocoi DP ¢ momoripio «daun-diaom» nepexoaos (puc. 7.1, 4). B 3P konu-
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4ecTBO (ochHOUITUIOB BEIPABHUBAETCS C JIBYX CTOPOH MEMOpaHbI 32 MUHYTHI,
yto moutH B 10° pa3 GbICcTpee, YeM CKOPOCTb, PACCUMTAHHAS ISl CIOHTAHHOTO
«haum-daom» nepexoaa B UCKYCCTBEHHBIX JIMIUIHBIX OUCIIOSIX. beicTpoe me-
peMelneHne 4epe3 OUCIoN MPOMCXOIUT MPH YYaCTHH CHEHH(PUISCKUX TPaHC-
J0kaTopoB (ochomumumaoB — Gumnas.

Aunn-CoA ®Docdarnas ﬂ
e (02 —CoA rpyrmna

) ['nmuuepondocdar /

p
S b @ ‘®ochatunHas o 4 Tuatt

2Coh -e& g ToTe @nue%%n
:'. 4 .:; 32K ! L2k w}'_ L 85 T l= 1)

"y

v-_ﬁ_ﬁm

.,

el e

- X see - &
i "j,d'i |i (DOC(i?IaTafSa[g‘E l':‘.l' |'||-"
{7 B 0 50 00 0 0
R aRD AR RRGD ﬁﬁ "“T'gu )
ELERRBETCLREEBLE S
Aumnrpancdepasa XomuHpochorpanchepasa

Puc. 7.1. ObpazoBanue GpocharuauixoirHa (MIOSCHEHUS B TCKCTE)

N3BecTHO, uTO B DP 00pa3zyroTcs Takxke xosectepuH U nepamu. Llepamun
skcniopTupyetcst B anmapaT ['onpmku (Al), rae oH CIyKUT MpeIecTBEHHU-
KOM JIBYX THUIIOB JIMITHIOB: K OJTHOW YaCTH MOJICKYJI lIepaMu/ia IPUCOCTUHSIOT-
Csl OJIMrocaxapujHbIe 1enu ¢ 00pa30BaHUEM TJIMKOC(HUHTOIMIHUAOB, a K JAPY-
roii — ronoBHas pochoxomuuoBas rpynna oT pochatuauaxonarHa ¢ oopa3oBa-
HUeM cduHroMuenuHa. TakuM o0pa3oM, W TIUKOIUNUAB U CHUHTOMUEITHH
00pa3yloTcsi Ha CPABHUTEIHHO TO3JHUX JTalmax MPOIeccoB (OPMUPOBAHUS
MeMOpaH.

7.2. OCHOBHbIE ®YHKUUUA MEMBPAHbI TPAHYNAPHOIO
SQHAOOMNASMATUYECKOIO PETUKYITYMA

Bce sykapuoTtuueckue KIETKH coepkKaT 3HAUUTEIbHOE KOJIUYECTBO TPaHy-
asipHoro DP, Ha BHENIHEH MOBEPXHOCTH KOTOPOTO JIOKAJTU30BAaHbl YYacCTBYIO-
1IMe B CUHTE3€ MEMOPAHHBIX U CEKPETUPYEMBbIX OesKoB pubocombl. CunTaer-
Csl, YTO LUCTEPHBI TJIAJKOT0 U rpaHyasipHoro DP cBsizaHbl MeXIy cOO0OM U 00-
pasyroT enuHbI KoMnapTMeHT. KonuecTBo Kax10ro u3 AByX Tunos OP 3aBu-
CUT OT CIELHUATM3UPOBAHHBIX (PYHKIMK KieTku. Hanpumep, 6onbmuMm coaep-
XKaHUEeM TpaHylspHoro OP oTiMyaroTcs alMHOLUMTHI, B KOTOPBIX CHHTE3HUPY-
I0TCS MUIIEBapUTEIbHbIE (PEPMEHTHI, U TeMATOLUThI, B KOTOPHIX CUHTE3UPYIOT-
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csi Oenku miuasmbl. [mankuit OP mmMpoko mpeacTaBieH B HIOKPUHHBIX KIIET-
KaX, CHHTE3UPYIOLIUX CTEPOUTHBIE TOPMOHBI.

Cunrte3upyeMble B KIIETKE OENIKH pachpenesissioTcss MEXAy opraHesiaMu
JIBYMsI pa3NUYHBIMU crioco0aMu. Bo-mepBbIX, OHH MOTYT HEMOCPEICTBEHHO
IIPOHUKATh Yepe3 MeMOpaHy ¢ MOMOILBIO CIIEHHAIBHOIO OeJIKa-TpaHCIopTepa.
Bropoii nyTh nepeaBuxeHuss OEIKOBBIX MOJIEKYJ ONOCPEAOBAH TPAHCIIOPTHBI-
MU Ty3bIpbKaMU. OTHU MY3bIPbKU 3aXBaThIBAIOT OMPEICIICHHBIE MOJEKYJIbI B
MOJIOCTH OJTHOTO KOMIIAPTMEHTA (OT KOTOPOrO0 OHHU OTCOEIHHSIIOTCS) U IMEPEHO-
CAT UX B JIPyrod KOMIAPTMEHT, CJIMBAsCh C HUM. IMEHHO Tak POUCXOUT Tie-
peHoc pacTBOpUMBIX OenkoB u3 OP k ATl

O6a Tuma TPaHCHMOPTHBIX MPOLIECCOB H30MPATEIHHO KOHTPOJIUPYIOTCS C
MOMOIIBIO CHEIUATbHBIX «CUTHAJIOB COPTUPOBKWY». Y OenKa, KOTOPbIA Harpsi-
MYI0 MIEPEHOCUTCS Yepe3 MeMOpaHy, 3TU CUTHAJIBI PACIO3HAIOTCS TPAaHCIIOPTE-
poM B MeMOpaHe. A B TPaHCIIOPTHOM ITy3bIpbKe O€JIOK, UMEIOIINUNA COOTBETCT-
BYIOIIIMI CUTHAJI COPTUPOBKH, CBS3BIBACTCS C PEIENTOPOM HAa MeMOpaHe Iy-
3bIPbKA.

Cuuraercs, 4TO CYHIECTBYIOT JIBa THIA CUTHAJIIOB COPTHPOBKH, YIPaBISAIO-
IIMX pacHpeiesieHueM OENKOB MEXAy KIETOYHBIMU KoMmapTmeHTamu. Ilpu
nepeHoce Oenka yepe3 MeMOpaHy € MOMOIIBIO TPAHCIIOPTEpa CUTHAJIBI COPTHU-
POBKHU MPEACTABIISIIOT COO0M MPOTSKEHHBIN Y4aCTOK aMUHOKUCIOTHOM TOCIe-
nosarenbHOCTH JUIMHOU B 20-50 ocratkoB. [lociie nmepeHoca CUrHAIBHBIN METI-
T oTpe3aercs. CUrHaJIoM COPTUPOBKU MOXET TAKKE CIIY>KHThb ONpECICHHAs
TpeXMepHas CTPYKTypa, oOpasyemasi TpynrnamMud aTOMOB Ha MOBEPXHOCTH Oei-
Ka. AMMHOKHCIIOTHBIE OCTaTKU, (HOPMHUPYIOIIME TaKU€ CUTHAJIbHBIC YYACTKH,
MOTYT OBITh PACIIOJIOKEHBI OYEHB JJAJIEKO APYT OT Jpyra B JUHEWHOU MOCIE10-
BaTeNbHOCTH Oenka. CUTHAJIbHBIE MENTH/IBI HAMPABIISIOT OCJIKU U3 IIUTO30JI5 B
OP, MUTOXOHJIpUH, XJIOPOIUIACTHI U SPO; OHU TAKXKE OTBEYAIOT 32 TO, YTOOBI
HEKOTOpbIE Oesku ocTaBayiuchk B JP.

benku, tpancnioptupyemsie B OP, conepxar N-KOHILIEBOW CUTHATIBHBIN TET-
TUA JJIMHOIO OT 16 10 30 aMUHOKHCIIOTHBIX OCTaTKOB. Ero neHTpanbHas 4acth
oOpazoBaHa ruApo(PoOHBIMH AMUHOKUCIOTHBIMU OcTaTtkamu. [lepeHoc OenkoB
yepe3 MmeMOpany OP mpoucxoauT OJHOBPEMEHHO C UX TpaHCIsUEH (KoTpaHc-
JSUMOHHO). JlaHHBIN mpoliecc MPOTEKaeT B HECKOJIBKO CTaAuil, KOTOpPbIE U30-
OpaxxeHbl Ha puc. 7.2.

[Tepemenienue pubocoMbl k MemOpane OP mpoucxoauT ¢ y4acTheM pacro-
3Haromiei curnai yactuibl (SRP — signal-recognition particle) u ee penenropa,
U3BECTHOTO KaK CTHIKyIOUINi O6enok. Cpa3y mocie oOpa3oBaHMsI CUTHAIBHOTO
nentuaa (puc. 7.2, cragusa 1) yactuila, paclio3HAIOIAs CUTHAJ, CBSI3bIBAETCS C
HuM (puc. 7.2, cramgus 2). SRP coctoutr u3 6 NMONMICNTHIOB, COSAMHEHHBIX
mousiekysiol PHK. Ota wactuna npucoequHseTcss U K CUTHaJbHOMY IMENTUAY
(KaK TOJIbKO OH TOSIBIISIETCS Ha OOJIBIION cyObenuHanile pudOCoOMBbI), U K prudo-
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COMHOMY y4acTKy cBsi3biBaHusi amuHoamii-TPHK. B pesynbrate Tpancnsmums
OCTaHABJIMBAETCS, IIOCKOJIBKY OJOKHPYETCS CBSI3bIBAaHUE CIEAYIONIECH aMUHOA-
un-TPHK ¢ pubocomoii.

MPHK SRP

Tpancnokon
Ilentunasa

Puc. 7.2. CuHTe3 U TpaHCIOKAlHUs CEKPETOPHBIX OeIKoB B MeMOpaHe DP

[Tay3a B TpaHCHSIUMU JJIUTCS IO TEX MOp, MOKA 3aXBaTUBINAS PHUOOCOMY
yacTula He cBsikeTcsa ¢ SRP-penentopom, HaxoasmMMcs Ha HATOILIa3MaTHYe-
CKOM CTOpoHEe MeMOpaHbl rpanyisipHoro DP (puc. 7.2, cragus 3). SRP-penen-
TOp — ATO MHTETPAIbHBIA MEMOpPaHHBIN OEIOK, COCTOSIIUNA U3 ABYX CyObEIH-
Hui. OH B3auMozeicTByeT ¢ SRP-cBsI3aHHBIME prOOCOMaMH TaKMM 00pa3om,
YTO YaCTULa MEHSET CBOE MOJIO)KEHHE M TPAHCIALMS BO30OHOBIsIETCS (pHC.
7.2, ctanusa 4). OgHOBpeMEHHO pubocoMa CBs3bIBaeTCs ¢ MeMOpaHoit OP, u
pacTyias Ha HEe MOJIMMENTHIHAs LEeMb NEPEHOCUTCS K CUCTEME TPaHCIOKa-
1M1 B MeMOpaHe.

SRP u SRP-peunentop comepkaT MOJUIENTHAHBIE YYaCTKH, 00JIaIatoIne
['T®a3noii aktuBHOCTHIO. Hannuue Monekyn ['T® B akTMBHBIX LieHTpax Oel-
KOB HeoOxoaumo Jutst B3aumoeictusa Mexay SRP u SRP-penentopom. Css-
3piBaHue SRP k SRP-penenTopy 3amyckaet runponus I'T® u BbICcBOOOXKIEHNE
I'1® u docdara u3 6enKOB.

IlepeHoC CUHTE3UpPYEMOW AMUHOKHCIIOTHOW LIEMU OCYIIECTBIISIETCS 4Yepe3
CIEIIMAJIbHBIA OCJIKOBBIN KaHaj, TaK Ha3bIBACMbIN TPAHCIOKOH. DTa TPaHCIIO-
KallMOHHAs Topa o0pa3oBaHa HECKOJBKMMHU €JIMHHIIAMHU KOMILUIekca Sec6lp.
Kommneke Sec6lp sBisieTcs reTepoTpUMEPOM, COCTOSAIIMM U3 HEOOIBIINX O-,
B- u y-cyobeaunuil. [locne cBs3piBaHUs puOOCOMBI C TPAHCIOKOHOM MTPOUCXO-
auat otaeneHne SRP U CUHTE3UpPOBAHHBIN NEPBUYHBIN MENTH BXOAUT B KaHAJ
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TPaHCJIOKOHAa TUMETPOM OKojio 2 HM. Ilociie 3Toro BO30OHOBISETCS CHUHTE3
MOJMUNENTUIHON LEMOYKH, LEMOYKA YIJIMHSACTCS U €€ CUTHAJbHBIA y4acTOK
BMECTE C PaCTyLIEH IEMOYKON OKa3bIBAETCA BO BHYTpPEHHEH yactu OP, Ha3bl-
BaeMoil JiroMeHOM. TakuMm o0pa3oMm, CHHTE3UpPYEMBbIH OEJOK MPOXOAUT uepe3
MeMOpaHy OP BO BpeMs €ro cMHTe3a KOTPaHCISLMOHHO, TO €CTh OJTHOBPEMEH-
HO ¢ ero Tpancisaiueii. B momene OP ¢ moMoupio crnenuanbHON MenTHaa3bl
CUTHAJIBHBIM YYaCTOK OTIICIUISIETCS OT CMHTE3UPYEMOW aMUHOKHUCIOTHOM MO-
cienoBaTenbHOCTH (puc. 7.2, cranud 9). IIpogoimkaromascs TpaHcasuus Mpu-
BOJIUT K MEPEMEIICHUI0 aMUHOKUCIOTHOM 1ienu B tomeH OP (puc. 7.2, craaus
6). [locne 3aBepiieHusT TPAHCIOKALMK TENTUAA PHOOCOMa OTCOEIUHSAETCS OT
OP u kanan 3akpeiBaercs (puc. 7.2, craauu 7, 8).

B monoctu OP nmonumnentuaHas 1nens cBOpadyuBaeTcs B rio0Oyiy. JlaHHBIM
MPOILIECC COMPOBOXKIAETCA 00pa3oBaHUEM IUCYIb(PUIHBIX CBsized Mexay SH-
rpynnamu nucrenHa. ObpazoBaHue JUCYIb(PUIHBIX CBS3€H MPOTEKAET C yya-
CTHEM aKIIENTOPOB AIEKTPOHOB. Habop TOHOPOB 3JEKTPOHOB, COAEPIKAIIUXCS
B IIUTO30JI€, IPEAOTBPAIIacT CaMOIPOU3BOJIbHOE 00pa3oBaHuE TUCYIbPUIHBIX
cBa3er. OHAKO B MOJOCTH DP KOHIEHTpalus JOHOPOB 3JIEKTPOHOB HAMHOTO
HWKE, YEM B IIUTO30JI€ M MO3TOMY IPHUCYTCTBYIOLIME B DP akuenTopsl AyeK-
TPOHOB MHAYLHMPYIOT IpoLEcChl 00pa3oBaHus AUCYIb(UIHBIX cBs3eld. ObOpa-
30BaHUE U TMEPECTpoilka AUCYIbPUIHBIX CBsI3el B DOP mpoTekaeT ¢ yyacthuem
nucynbuanzomepassl (puc. 7.3).

Hucynsdunnzomepasa — 310 O0€JIOK, KOTOPBIA B OOJIBIIOM KOJMYECTBE CO-
JIEPKUTCS B MOJ0CTH DP U MpUKpeIieH K BHYTPEHHEH CTOPOHE €ro MEMOPAHBI.
Kak moka3ano Ha puc. 7.3, BOCCTAaHOBJICHHE OKUCICHHON (DOpMBI TUCYIbDUIN-
3omepaszbl (PDI) compoBoxiaercss oOpa3zoBaHHeM IUCYIb(OHUIHBIX CBSI3CH B
oenke-cyoctpare. [loBTOpHOE OKHCIIEHHE TUCYIb(OUIN30MEPA3bl MPOTEKAET C
yuactuem Oenka Erol. BoccranoBnennast ¢popma aucynbduanzomepasbl yua-
CTBYET B MEPECTPOIKe AUCYIb(OUIHBIX CBS3€H BHYTPHU O€IKa.

IIpu GmocuHTe3e Oenka MUCYyIb(OHUIHBIC CBI3H (POPMUPYIOTCS MEXKIY pas-
JUYHBIMU [UCTEMHAMU U JIAaHHBIA MPOIECC UHOTJA MPUBOJIUT K 00pPa30BaHUIO
«HETpPaBUJIbHON» KOH(popmanuu Oenka. MexaHus3m AeiCcTBUS IUCYIbPUIU30-
Mepa3bl COCTOUT B TOM, UTO, pa3pesas S-S-CBsI3U, OHA yCKOPSET mepexo] Oenka
B KOH(pOpMAIIMIO C HAUMEHbIIIEH CBOOOIHON dHepruei. Takum obpazomMm, dep-
MEHT 00JIer4aeT CBOpauYMBaHUE CUHTE3UPOBAHHBIX OEJIKOB, KOTOPbHIE MTONAaAat0T
B OP.

B DP cunTE3upyroTCcs Kak pacTBOpUMBIE, TaK W MeMmOpaHHbIe Oenku. Ha-
YyaibHBIC CTAUU CHHTE3a MEMOpaHHBIX OCJIKOB CXOJHBI C HAYAJIbHBIMU CTa-
JTUSMUA TIPH CHHTE3€ PACTBOPUMBIX OCJNKOB. 3/1€Ch TaKXKE ydacTBYET pPacro-
3Haromasi curHai yactuia SRP u npoucxoauT npoxoxaeHrne Ha4albHOTO y4a-
CTKa OEJIKOBOI 1lenu uepe3 TPaHCIOKOH. OHAKO B LENH CHHTE3UPYIOIIETOCs
MeMOpaHHOTO OeJika CYIIECTBYET OJIHA WJIM HECKOJbKO aMHHOKHCIOTHBIX IO-
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CJIeI0BATEIbHOCTEHM, KOTOPhIE MPEMATCTBYIOT JBMKEHUIO OEIKOBOM Lienu ve-
pe3 MmeMOpaHy. DTH TocienoBaTeIbHOCTH oOpa3oBaHbl 20—30 ocTaTkamMu THUI-
pOopOOHBIX aMUHOKHUCIOT U HA3bIBAIOTCA CTOIM-CUTHaNaMu nepenoca. [lpu mno-
SIBICHUU CTON-CUTHAJIa B TPAHCJIOKOHE TOJMIENTUAHAS Lenb u3 Oenka aud-
byHIupyeT B TUMUAHBIN OMCIION U B 00JIACTH CTOM-CUTHANA OCTAETCS CBS3aH-
HOU ¢ MeMOpanoii. [Ipu 3Tom cuHTEe3 Oenka Ha pubOoCOMe HE OCTaHABIIMBACTCS,
B pEe3yJIbTAaTe Yero CUHTE3UPOBAHHBIN OENOK OCTAaeTCsl BCTPOSHHBIM B MeMOpa-
HY.

OxucneHHas BoccranopnenHas

tdhopma PDI dbopma PDI
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Puc. 7.3. ®opmupoBanue (a) U iepectpoiika (6) TucynbGuIHbIX CBA3EH
Oenka ¢ yyactuem aucynboumusomepassl (PDI)

N3BecTHO MHOXKECTBO OEJIKOB, MOJMIIENITUIHAS LIEMb KOTOPBIX MPOHU3bIBA-
€T JIMMUIHBIN OUCIION HECKOJIBKO pa3. B Takux Oenkax COAEpKUTCS BHYTPEH-
HUM CUTHAJIbHBIN NENTHJI, KOTOPBIN SBJISIETCS CUTHAJIOM Hadana nepenoca. [Ipu
TPaHCJIOKALMM B JTAHHOM CJIy4Yae TPAHCIIOPTUPYETCS MOJIAINENTHIHAS METIsA
MexAy ABYyMs ruapodoOHbIMH cermMeHTaMu. O0a 3TUX CErMeHTa B MHTErpajb-
HOM OeJiKe MpEeACTaBISAI0T COO0M O-CIUpaIbHbIE MEMOPAHOCBSI3aHHBIE JTOMeE-
HbI. 71 CIOXHOTO TpaHCMEMOpaHHOTO OelKa, y KOTOPOro JUIUIHBIN OMCIon
MPOHU3BIBAET OOJIBIIOE YHCIO TUAPOGOOHBIX O-CHUpAJICH, TpPaHCIOKAIUs
JIOJKHA BHOBB 3aITyCKAaThCSl BTOPBIM CTApTOBBIM MENTHIOM M MPOAOTKATHCS
JI0 T€X MOP, MOKa CIEAYIOUIMN CTON-CUTHAJ IIEPEHOCA HE TIPEPBET €€.

BonsmmaCcTBO GenkoB DP mepen TpaHcmopTUpPOBKOHW B ammapaT [ombmxw,
JU30COMBI, TUIa3MaTHUYECKyl0 MeMOpaHy WM BHEKJIETOYHOE MPOCTPAHCTBO,
NOJIBEPTarOTCs TIMKO3WIHNPOBAHUIO, T.€. KOBAJICHTHOMY NPHCOECIMHEHUIO YT-

167



neBo10B. CBA3BIBAHUE PACTYILECH MOJIUIENTUAHON LIEMU C OJUrocaxapuaaMu
MPOUCXOJIUT BO BPEMsl €e TpaHCMEeMOpaHHOro mepeHoca. [Ipu 3ToM K monu-
MEeNTUIHON LENU MPUCOCIUHSIETCS OJIMTOCAXAPUJI, COCTOSIIMN U3 2 MOJIEKYI
N-aneTunrivko3aMuHa, 9 MOJIEKYJ MaHHO3bl U 3 MOJIEKYJ TJIFOKO3bl. DTOT
OJIUTOCaxapuj TPAHCHOPTUPYETCSA B JIIOMEH OP M3 1UTOIIa3Mbl C y4acTUEM
munuaa gosmnxona. CBSI3bIBAHWE OJUrocaxapujia ¢ MOJMUIENTUIHON IENblo
OCYILIECTBIIIETCA YEPE3 aMHUHOTPYIIILY aCIapariHOBOTO aMHUHOKHCJIOTHOTO OC-
TaTKa, MO3TOMY 3TOT OJMTOCaxapu]l Ha3bIBatOT N-CBSI3aHHBIM WJIM acnaparuH-
CBsI3aHHBIM. Kak/1plii acriaparnHOBBIM OCTATOK CBSI3BIBACTCS C OJIMTOCaxapui-
HBIM KOMILJIEKCOM, C TIOMOIIBI0 (hepMeHTa OolHMrocaxapuarpaHcdepasbl, sSBIIS-
IOIIETOCs MHTETpajibHbIM OeikoM MemOpan DP. Curnamamu mis N-TJIHKO3U-
JUPOBAHUS CIIyKaT JBe IocieaoBaTeabHocTi Asn-X-Ser uiau Asn-X-Thr (roe
X — mo0asi aMMHOKHUCJIOTa, KpOME IPOJIMHA). [ TMKO3UIMPOBAHUIO TOJIBEpra-
IOTCSl KaK pacTBOPHMBIE, TaK 1 MeMOpaHHbIe OelIkH, CHHTe3upoBaHHbIe B OP. B
moMeHe DOP oT onmrocaxapuaHBIX OCTaTKOB CHHTE3MPOBAHHBIX OEJIKOB OTCO-
SAUHSIOTCS MOJICKYJIBI TJIIOKO3bl. B KOHEUHOM MTOTE BCE OCJIKHM UMEIOT OJIMHA-
KOBBIE OJINTOCAXAPUJIHBIE LIEMH, COCTOSIIME U3 JIBYX MOJEKYJ N-aleTHirito-
KO3aMHHa, IECTH MOJIEKYJ MaHHO3bl. MOXHO CKa3aTh, YTO BaKHEUIIEH (PyHK-
nuet OP, BHE 3aBUCUMOCTH OT CIICIIMATIM3alliA WM TKAaHEBOM MPUHAIJIECKHO-
CTU KJIETOK, SIBJIIETCS 00Opa30BaHUE HOBBIX KJIETOYHBIX MEeMOpaH, Tak Kak Ha
MeMmOpane DP cuHTEe3upyroTCsl MEMOpaHHbIE OCJIKU U JIUTIUIBI.

7.3. ®YHKUMN MEMBPAH AINNAPATA TOJIbAXWU

OcHoBy anmapara ['ompmxu (Al') coctaBisitoT MeMOpaHHBIE CTPYKTYpBHI,
Ha3bIBa€MblEe JUKTHOCOMaMHU. B NHUKTHOCOME TJIOTHO APYr K Jpyry (Ha pac-
ctositHuu 20-25 HM) pacroaoKeHbl B BUAE CTOIMKH MJIOCKUE MEMOpaHHbIE MEIlI-
KM, WJIW [IUCTEPHBI THAMETPOM OKOJO |1 MKM. B OgHON IHKTHOCOME MOXKET
ObITh 20 Takux MemKkoB. Eciu AMKTHOCOMBI CBA3aHbI MEXAY COOOM KaHalaMu
B €IMHYIO0 TPEXMEPHYIO CUCTEMY, TO Takas cTpykrypa Al Ha3bIBaeTcs ceTya-
To#. Eclin TUKTHOCOMBI HE CBSI3aHHBI MEXAY CO0OM, TO Takas cTpykrypa Al
HaszbIBaeTcs TUQGy3HOM.

C IUKTHOCOMOM BCErjia acCOIMMPOBAaHA Macca MEJKUX (JUaMeTpoM OKOJIO
60 HM) IMy3BIPHKOB, OTPAHMYEHHBIX MeMOpaHoi. OHM TPYNIUPYIOTCS Ha CTO-
poHe, mpumMbIkatomieil k JOP, a Takxe mo nepudeprun CTONKH BOTU3M PACIIH-
PEHHBIX KpaeB KaXJIOW ITUCTEPHBI. DTH MY3bIPbKHU (MY3bIpbKU '0Ib1KH) TIEpe-
HOCAT OenKku U aunuasl B Al', TpaHCIOPTUPYIOT UX U3 HETO0 U MEXKY OCTalIb-
HBIMH LIUCTEPHAMU. B 30HE TMKTHOCOMBI IPUHSTO Pa3INYaTh IPOKCUMAJIbHBIN
Wi (pOpMUPYIOIIUINCS, YuUC-y4aCTOK, W JUCTAJIbHBIM WU 3pemblil, mpaHc-
yuactok (puc. 7.4). I{uc-y4acTok TECHO CBsi3aH ¢ 3jeMeHTamu OP; mparnc-
Y4aCTOK pacuiupsiercs, o0pasys TpyodaTblii peTUKYJIyM, Ha3bIBAEMbIH mpaHc-
ceTbto ['onpmxu. B mpanc-cetn nponcxoauT pa3eaeHne U COpTUPOBKA CEKpe-
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TUPYEMbIX MPOAYKTOB. benku M nunuibl B cocTaBe HEOOJBIINX IMy3bIPHKOB
MONAaJarT B IUKTUOCOMY C YU C-CTOPOHBIL, a IOKUJAIOT €€, IEPEMEIAsICh B pa3-
JUYHbIE KOMIApPTMEHTBI, BMECTE C My3bIpbKaMu, 00pa3yIOLIMMUCS HA MpaHC-
cropone. [lepexonst u3 ogHOM CTONKH ['ONB/IKH B APYTYIO, 3T MOJIEKYJIbI IIPE-
TEPIEBAIOT MMOCIIENOBATEIbHBIE CEPUN MOAN(PUKAIIHIA.

Knerounas
MeMmOpaHa
Cekperupyembie

Anpo

SAnepnas nopa
AR\

9P

CekpetopHbie !x‘t
BE€3UKYIJIbI \®

&) \
Pubocomel [~

1panc-
y4acTOK

4 Inanxui JukTuocoma

oP

Puc. 7.4. DunonnazMaTudeckuil peTukyaym, annapar ['onbaxu u
BHYTPUKJIETOYHBIA TPAHCIIOPT OEJIKOB

B yuc-yuyactke anmapara ['oibmku HauMHAETCS BTOpUYHAS MOJUQPUKALINS
OJIMTOCAaXapuAHbIX Lierel OenkoB, moctynarommx B Al mocie mepBHYHOTO
MIMKO3WIMpoBanus B DP. boratele MaHHO30H oJMrocaxapuabl Ha THIPOJIUTH-
YecKkux (PEepMEHTax, HAMpaBISIEMbIX B JIN30COMBI, (HOCHOPHIUPYIOTCS, a OJU-
rocaxapujibl O€JIKOB, HANPaBISIEMbIX B CEKPETOPHBIE T'PaHyJbl WM K IJIa3Ma-
TUYECKOM MeMOpaHe, MOJBEPraroTCs CIOKHBIM MPEBPAIICHHUSIM, B KOTOPBIX
OHU TEPSIOT ANl CAXapOB U MPUCOEAUHSIOT TanakTo3y, N-alleTHITII0KO3aMUH
Y CHAJIOBbIC KUCJIOTHI. KaK/Iblil TaKOM OJUTocaxapuji COCTOUT U3 CEpALICBUHBI,
chopMUpOBaHHOM U3 UCXOMHOTO N-CBSI3aHHOTO OJUTOCaxapujia M KOHIIEBOM
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00J1aCTH, COCTOSIIIIEH M3 BapbUpyeMoro uucia tpucaxapunoB (N-areTuirio-
KO3aMHUH-TaJIaKTO3a-CUaioBasi KHUCIOTa), MPUCOCIUHEHHBIX K CEpALEBUHHBIM
OCTaTKaM MaHHO3BI.

Takue npeBpamieHus OJUrocaxapyuioB OCYIIECTBISIOTCS C MOMOUIBIO MEM-
OpaHHBIX (EpPMEHTOB — TTTUKO3UIa3 U MIUKO3MITpaHcdepas, KOTopble paboTa-
I0T B CTPOrO OMNPEIEICHHOW mocieaoBaTesibHOCTH. Kaknas mucrepHa mnpen-
CTaBJIIET COOOM OTHEIBHBIH KOMIIAPTMEHT, CO CBOMM COOCTBEHHBIM HAOOpOM
(dbepMeHTOB, a BCs CTOTKA, TAKUM 00pazoM, o0pa3yeT siUeiiKy MHOTOCTaHITHO-
ro mporeccunra. benku MoaupuuupyoTcs Mocaea0BaTeIbHO, 10 MEpPe TOTO,
KAaK OHU NEPEeMEIAl0TCs U3 LUCTEPHBI B HUCTEPHY. Tak B yuc-y4acTke mpouc-
xoauT pocdopunrpoBanue MaHHo3. B cpenHeil yacTu AMKTHOCOM MPOTEKAET
BTOPUYHOE TJIMKO3UIUPOBAHUE CEKPETOPHBIX OEJIKOB: JOMOJHUTEIBHOE Y/a-
JIeHUE MaHHO3bI U MpHUcoeInuHeHHe N-aleTuirinoko3aMuta. B mpawnc-yyactke
K OJIMTOCAXapUIHOW LIENH MPUCOEANHSIOTCS TajJakTo3a U CHUAJIOBbIE KUCIIOTHI.
U3 mpanc-xomnapTMeHTa OelIKM MONaJaoT B mpaHc-CeTh 1 0NIbJKU; TJ€ OHU
pacnpenensoTcss B pa3iMyHble TPAHCIOPTHBIE MY3bIPBKU U IMEPEHOCATCS K
NYHKTaM KOHEYHOrO0 Ha3HAa4YeHUs — IUIa3MaTUYECKOM MemOpaHe, JU30comMam
WA CEKPETOPHBIM MTy3BIPhKaM.

B anmapare ['onpmku psina cienuain3upoBaHHBIX KIETOK MPOUCXOTUT CHH-
T€3 U CBA3BIBAaHUE MOJMCAXApUJIOB C O€IKaMU ¢ 00pa30BaHUEM IMPOTEOIIHKA-
HOB. [Ipucoeannenue noaucaxapuoB K OejIKaM OCYIIECTBIISIETCS Yepe3 cepu-
HOBBIE M TpEOHUHOBBIE ocTaTku (O-Tiauko3uivpoBanuem). B anmapare 'omb-
JOKU TIPOMCXOJIUT Takke CyJIb(aTUPOBAHUE INIMKO3AMHHOIJIMKAHOB U HEKOTO-
PBIX OEIIKOB.

B mpanc-yuactke Al' nmpoucxoauT paszzaeneHue OCNKOB M UX COPTHPOBKA.
PaccmoTpuMm mpuHIMI 0TOOpa OTAEIBHBIX OEJNKOBBIX MOJIEKYJ Ha MpHUMeEpe
COPTHPOBKH JIN30COMHBIX (DepMEHTOB. benku-npenmecTBeHHUKN JTU30COMHBIX
TUJIpOJIa3 CBsI3aHbl CO CHEHU(PUUYECKUMH OJUTOCaxapuaaMu, COAEpKalluMU
MaHHO030-6-(ocdatnbie 3BeHbsi. MeMmOpanbl mpanc-cetn Al' comepxaT TpaHc-
MeMOpaHHBI MaHHO030-6-docdaTHbIil perenTop, KOTOphIN y3HaeT ¢ochopu-
JUPOBAaHHBICE MAHHO3HBIE TPYIIUPOBKU OJUTOCAXAPUIAHON TN JTU30COMHBIX
(dbepMEeHTOB U CBsA3BbIBaETCS ¢ HUMHU. CBA3BIBAHME MMPOUCXOIUT BHYTPH IIUCTEPH
mpanc-ceTu TIpu HeUTpabHbIX 3HaueHusx pH. Ha memOpanax A" MmanH030-6-
dbocdatHbie perenTopbl 00pa3yT KIACTepbl, KOTOPhIE KOHLEHTPUPYIOTCS B
30HaX OOpa30BaHMs MEJIKUX Iy3BIPHKOB, MOKPBHITHIX OEIKOM KiaTpuHOM. B
mpanc-cetd A" MPpOUCXOIUT OTJENECHNE My3bIPhKOB U JAIbHEUIINI MEPEHOC K
an3ocomaM. Takum 00pa3oM, MaHHO30-6-pocdaTHbIe PEIeNTOPHI, CBA3BIBASICH
C JIU30COMHBIMH THAPOJIa3aMHU, OTICNAIOT UX OT APYrux OenIKoB (Hampumep,
CEKPETOPHBIX, HEIM30COMHBIX) M KOHILIEHTPUPYIOT MX B OKAWMJICHHBIX Y-
3pIpbKax. OTPBIBAsACh OT MPAHC-CETH, MY3bIPbKU CIHUBAIOTCS C JIM30COMaMH,
NEPEHOCs CBA3aHHbIE C MEMOPAaHHBIMH pelenTopaMu (PEpMEHTHI B 3Ty BE3UKY-
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Jay. BHyTpH nu30c0M HM3-32 aKTUBHOCTH MPOTOHHOTO Hacoca 3HadeHue pH co-
craiseT 5,0 enunui. [Ipu pH 6,0 u HUXke AM30COMHBIE PEPMEHTHI OTAEISIOT-
csi OT Oelika-pelenTopa M paclleryisioT MOTJIOIEHHBI MaTepuall, coaepix a-
IIUICS B TM30COMaxX. YYacTKH e MEMOpPaH BMECTE C MaHHO030-6-(hochaTHEIMU
perenTopaMu BO3BPAIIAOTCS IMyTEM PEIUKIN3AIMN MEMOPAHHBIX Ty3bIPHKOB
oOpaTtHO B mpanc-ceTh Al'. OnocpeoBaHHBINA perienTopaMu TPAHCIIOPT JTU30-
COMHBIX Tuapoina3 u3 Al' k IM30ocoMaM aHAJIOTUYEH HAOLMTO3Y BHEKJIETOY-
HBIX MOJIEKYJI, HAMPABJISIOMIEMY UX OT IIa3MaTUYeCKOM MEeMOpaHbI B SHJI0CO-
MbI. B 000ux ciydasx pernenTophsl COOMPAIOTCS B MOKPBITHIX KIATPUHOM yda-
CTKaX MeMOpaHbl (Ha3bIBAEMbIX OKAMMIICHHBIMU SIMKaMH); 3TH YYaCTKU OTHE-
JSIOTCSL OT MEMOpaHbl, 00pa3ysl MOKPHIThIE KIATPUHOM OKaiMIICHHBIE ITy3bIpPb-
ku. [ly3bIpbKHM JOCTaBISIIOT 3aTE€M JIUTaHA K CIEAYIOIIEMY KOMITAPTMEHTY,
UMEIOIIIEMY 3aKHCIIEHHYIO Cpelly, U OTTyAa PEIlEenTOphl BO3BPAILAIOTCS B HC-
XOJIHyI0 MeMOpaHy. BeposiTHee Bcero, 4To Ta 4acTh OEJIKOB, KOTOpas Hakarl-
JIMBAETCSl B CEKPETOPHBIX BAKYOJIAX U BBIBOAUTCS U3 KJIETKU MOCIE MOCTYILIE-
HUS CUTHAja, MPOXOJUT TaKy K€ IMPOLEAYypY COPTUPOBKM Ha pEUENTOpax
mpanc-UUCTEPH annaparta ['oiabmKi.

7.4. MOJIEKYNIAPHbIE MEXAHU3MbI
BE3UKYNIAPHOIO TPAHCINOPTA

MHorue 0enku TpaHCIOPTUPYIOTCS MEXAY BHYTPUKIETOYHBIMU OpraHel-
JJAMHA B COCTaBE TPAHCIIOPTHBIX Iy3bIPHKOB WJIM BE3UKYJI, OTCOCIUHAIOLINXCS
OT OJJHOTO KOMMApTMEHTa, MeMOpaHa KOTOPOrO Ha3BaHa JOHOPHOW, W CIU-
BAIOIIMXCA C APYTMM KOMIApPTMEHTOM, MeMOpaHa KOTOpPOTO Ha3BaHa akIel-
TOpHOW. TakoW BUI TPAaHCIOPTa HA3bIBAETCS BE3UKYJISIPHBIM TPAHCIIOPTOM.
PaccmMoTprM OCHOBHBIE MEXaHHU3MBI, JIEKAIIME B OCHOBE OTCOCAWHEHHS H
CIIMSIHUSI TPAHCTIOPTHBIX BE3UKYI.

[Ipu popMupoBaHUM TPAHCHOPTHBIX BE3UKYJ OTCOEAMHEHUE BE3UKYJIbI OT
JIOHOPHON MeMOpaHbl OCYILIECTBISETCS 33 CUET MOJUMEPU3AIIMH PACTBOPHUMBIX
OEJKOBBIX KOMILJIEKCOB Ha TMOBEPXHOCTH MEMOpaHbl CO CTOPOHBI LUTO30JIS.
[Tonmumepusanust OEIKOBBIX KOMILJIEKCOB Ha MOBEPXHOCTH MEMOpaHbI MEPBO-
HAYyaJIbHO MPUBOAMT K M3rMOy MeMOpaHbl, a 3aTeM MOCje 3aBEpIICHUs MOJIH-
MepH3ali — K OTCOEIMHEHUIO OKAMMIIEHHOTO OEJIKOBBIM CJIOEM TPaHCIOPT-
HOT'O MY3bIpbKa. BBIACISIIOT TpU TUIIA TPAHCIIOPTHBIX BE3UKYJI, PA3IMYAOLIMX-
Csl OKaAMIISIIOIIMMU OEJIKOBBIMU CJHOSMHM: 1) BE3UKYJIbI, TOKPHITHIE KOMILIEK-
com COPI (COP — coated proteins); 2) Be3uKyJibl, MOKPBITHIE KOMILIEKCOM
COPII; 3) Be3uKysbl, TOKPBITHIE KIATPUHOM. Be3ukynbl mepBOro THUIa TpaHC-
noptupyroT 0enku mexay uucrepaamu Al' u ot Al' k OP. Besukynbsl BToporo
TUIa TpaHcnopTupyroT 6enku ot DP k Al'. Besukynbsl TpelTero tumna TpaHc-
NOPTUPYIOT BEIIECTBA OT IJIa3MAaTHUYECKOW MeMOpaHbl U oT mpanc-cetu Al k
HHAOCOMAaM.
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®opmMHUpOBaHUE OEJIKOBOIO €10 Ha MOBEPXHOCTU BE3MKYJIbI OCYIIECTBIISA-
ercst ¢ nomouipto I'TD-cBsa3piBatonx 0enkoB. B Be3ukynax, MOKPBITHIX KiaT-
punoM u COPI, cbopka moOBEepXHOCTHBIX KOMIUIEKCOB perynupyercs ['Td-
csizbiBatouM Oenkom ARF. B Besukynax, nopeiteix COPII, c6opka moBepx-
HOCTHBIX KOMIUIEKCOB perynupyercs [ TD-cBa3piBaromum 6enkom Sarl. bemku
ARF u Sarl mpunamnexar cynepcemeiictBy manbix ['Tda3, KoTopble TaKxke
kak u G-0enku, MOTyT ObITh B HeakTUBHOM [ JID-cBs3bIBatomieit popme u ak-
tuBHOU [ ' TD-cBs3bIBatolel popme Oenka.

PaccmotpuMm ¢opMupoBaHre TpaHCHOPTHBIX BE3UWKYJI Ha MPUMEPE OTCO-
enuaeHns TOKpbITEIX COPII Besuxyn B OP (puc. 7.5).

Sec23/Sec24
Sarl Co6opka
i KOMILIEKCA
IT® D COPII
i
) )
Sec12 —
Paz6opxa l
KOMILJIEKCA
; PN COPII Tampoms o
-« [T
[N TpaHcnopTupyeMbie
( [ ] Oenku
-II
[ ® P
CIETITOPBI
N\ . TPaHCIIOPTHPYEMBIX
( \\\ OemKkoB
\_ j o

Puc. 7.5. ObpazoBanue BE3UKYN B SHIOMIA3MAaTHIECKOM PETUKYTyMe

Ha mepBoii ctaguu meMmOpanHbIid 0emok Secl2 (pakrop oomena ['JID/T'TD)
karanuzupyeT ooMeH moiiekyisl ['JId Ha monekyny ['TD B HykneoTHaCBA3bI-
BarolieM 1eHTpe Oenka Sarl. BepositHo, akTtuBammsi Secl2 3amyckaercsi CBS-
3bIBAHUEM TPAHCTIOPTUPYEMBIX OCJIIKOB CO CBOMMHM perentopamu. CBsi3bIBaHHUE
['T® c 6enkom Sarl BeI3bIBAaET M3MEHEHUE KOH(OpPMAIMU MOCIEIHETO, B pe-
3yJbTaTe YEro Ha MOBEPXHOCTHU OeiKa MOSBISIOTCS TUAPO(POOHBIE YIaCTKU, U
koMmruieke Sarl-I'T® ces3eiBaetcst ¢ memOpanoi DP. CBs3aHHBIN ¢ MeMOpaHOit
koMmriieke Sarl-I'Td 3amyckaroT MOJIMMEPU3AIHIO U3 TeTepoIuMepoB SEC23 u
Sec24 nurozonsHoro komiiekca COPIIL. B pesynbrare nommmepuzamuu COPII
OT MEMOpPaHbI OTCOEIUHSCTCS BE3MKYJA, TOKpPHITas OETKOBBIM KOMILIEKCOM.
[Tocne orcoenunenus: Be3ukynbl Sarl ruaponusyer I'TD, nepexoauT B Heak-
TUBHYIO OPMY M OTCOSAMHSIETCS OT MeMOpaHbl. JlaHHBII Mpoliecc aKTHBUPYET
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pazoopky COPIl xommekca. OtnenuBiimecs: ot P Be3uKysbl TpaHCHIOPTH-
PYIOTCSL C TIOMOILBIO MUKPOTPYOOUEK K yuc-30HE ammaparta ['oiabmku, rae u
CJIMBAIOTCA C €ro MeMOpaHaMu.

[Ipouecc cnusiHUS BE3UKYJI C IPYTUMH MEMOpaHaMH IPOUCXOJIUT C y4acTH-
em crermabHbIX O0enkoB SNARE (soluble N-ethylmaleimide-sensitive factor
attachment protein receptor). Ilocie aemonuMepu3anuy OKaWMIISIONIETO CIOS
COP II nHa mOBEpXHOCTH BE3UKYJIbl WHTETpAJbHbIE MeMOpaHHBbIE OCNKH V-
SNARE cTaHOBSTCS TOCTYNMHBIMH JJISl CBSA3BIBAHUSA. DTU OCNKH CHEIU(PUIHBI
JUISL K&KJIOTO TUIA Be3uKyjld. MemMOpaHnbl anmapata ['onpmku comepixar Oenku
t-SNARE u SNAP-25. B mecTax B3auMOJIEHCTBHS 3TUX JBYX I'pylIl OEIKOB U
MPOUCXOJIUT CIUSTHUE MEMOpaH.

[Ipomniecc cnusinus memOpan ympapisietrcs [ Td-csa3piBaommM  OeIKOM
Rab. Ananoruuno npyrum I'Tda3zam aktuBanus Rab npoucxoaut npu odpaszo-
BaHuM kKomIuiekca oenka ¢ ['T® B pesynbrare oomena I'JI® na ['TD B HykIieo-
TH]I-CBsI3bIBAIONIEM IIeHTpe Oenka. CesizpiBanue Rab ¢ ['T® uHaympyer KoH-
(GopMalMOHHbIE U3MEHEHUs! CTPYKTYpbl O€liKa, B pe3ysbTare KOTOPHIX KOM-
wiekc Rab-I'T® npukperuisercss kK MeMOpaHe BE3UKYJIbl H B3aUMOJICHCTBYET C
oenkamu-spdexkropamu Rab, pacnosiokeHHBIMH Ha aKIENTOPHOW MeMOpaHe.
[Tocne cnusHUST MEMOpaHBbI BE3UKYIIBI C aKIENTOPHOH MeMOpaHou Rab-I'T®
runpommupyet ['TO, nepexoaut B HeaktuBHYIO Gopmy Rab-I'1d u orcoenn-
HsI€TCA OT MeMOpaHbl. [IJIsl KaKJI0TO THUIIA BE3UKYJI CIUSIHUE YIPABISETCS CBO-
uMm tunoMm Rab-6enka u Oenka-addexropa Rab. B perymsimum tpancnopra ot
9P kx AT yuactByet Rabl u ero s dexrop Oenok pl15.

AHaNOrMyHble MEXaHU3MbI 00ECIIEUNBAIOT CIMSHUE U OTCOCTUHEHHE BE3U-
KyJl OT ma3maruyeckoil memOpanbl. [lna3marnueckas MeMOpaHa KIIETKU HE
COJIEP>KUT TPAHCIOPTHBIX CUCTEM JUJII MAKPOMOJIEKYJI, IO3TOMY IIEPEHOC MaK-
POMOJIEKYJT OCYLIECTBIISIETCS C IOMOLIBIO BE3UKYJ. Be3MKyIspHBIM IEpeHoC
MO>KHO pa3JIeJIuTh Ha J1Ba BUAA: DK30LIUTO3 — BBIHOC U3 KJIETKH MOJIEKYJISIPHBIX
IIPOJIYKTOB, U HJIOLMTO3 — MOTJIOIIEHUE KJIETKON KPYIHBIX YaCTULl, MAKPOMO-
JIEKYJI U BOJHBIX PACTBOPOB Pa3HbIX BEIIECTB.

C BK30LIMTO30M CBSI3aHO BBIIEJIEHUE CUHTE3UPOBAHHBIX B KIIETKE Pa3HOO00-
Pa3HbIX HU3KOMOJIEKYJISIPHBIX (ALIETHIIXOJIWH, OMOT€HHbIE AMUHBI U JIP.) U BbI-
COKOMOJIEKYJISIPHBIX (MENTHU/IbI, TUMONPOTEU b, TENTUAOTIIMKAHBI U Jp.) CO-
CAMHEHUI. DK30IIMTO3 B OOJIBIIMHCTBE CIIy4aeB IPOUCXOJUT B OTBET Ha
BHEIIHUM CUTHAJI (HEPBHBIA MUMITYJIbC, TOPMOHBI, MEAMATOPHI U 1Ip.). B psze
CJIy4aeB 3K30L[UTO3 MPOUCXOIUT MOCTOSHHO, HANpUMEP, NpU cexpeunn ¢Guod-
POHEKTHHA U KoJutareHa ¢pudpodiacTamu.

PaccMoTpuM MOJNEKyNSpHBIA MEXaHHU3M CIUSHUS MeMOpaH BE3UKYyJN C
rmia3MaTudeckon MemOpanoi, (puc. 7.6). CekpeTopHbIe BE3UKYJBI COIEPKAT
oenox V-SNARE, usBectusiii kak VAMP (vesicle-associated membrane pro-
tein). Ilna3smatudeckas MemMOpaHa conepKUT uHTerpanbHbiid 0emok t-SNARE,
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Ha3bIBa€MbI CUHTAaKCUHOM, U nepudepuyeckuit 0emok SNAP-25. 1{uto3051b-
HbIE O-CIIUpaJbHbIE y4acTKU ATUX OenkoB (oauH u3 VAMP, oluH U3 CUHTaK-
cuHa u a8a u3 SNAP-25) bopMupyrOT yCTOMYMBBIN YeThIpEXCIUPATbHBIN MY-
yok. YcroitunBocTh AaHHBIX SNARE-komIuiekcoB obecrieunBaeTCsi MHOTO-
YUCJICHHBIMA HEKOBAJCHTHBIMH MEXMOJICKYJISIPHBIMU  B3aUMOJICHCTBUSMU,
BO3HHMKAIOIIMMHU B PE3YJIbTATE CIEHHU(PUICCKOTO PACTIONOKEHHS THAPODHOOHBIX
U 3apsSHKCHHBIX aMHUHOKHUCIIOTHBIX y4acTKOB. ['mapodoOHbIE y9acTKU HaXOsAT-
Csl B IIEHTPE IMMyYKa, a MOJOKUTEIHLHO 3apsHKCHHBIC W OTPUIIATEIIHLHO 3apsHKECH-
HbIC aMUHOKHCJIOTHBIE OCTaTKW PACIOJIaralOTCS B CIUPAISX JIPYr HANMpPOTHB
npyra. @opmupoBanue SNARE-kommiekca cOnmxaeT BE3UKYISPHYIO U TIa3-
MaTUYECKYI0 MeMOpaHy U MPUBOIUT K CIUSIHUIO IBYX MeMOpaH.

‘@

SNAP-25 Jf \&L CHHTaKCHH
Low WoB

Rab-I'TP Dddextop Rab

SNARE-
KOMITJIEKC

sl RN

ATD

©,
AT + @ QEQI(% %gf 55

Puc. 7.6. CausiHue BE3UKYJ C aKLIENTOPHOI MeMOpaHOI:
1 — 3akperyieHre BE3UKYJIbI Ha aKIENTOPHON MeMmOpaHne ¢ ydactreM Rab-I'T® u Genka 3¢-
(exropa Rab; 2 — oopasoBanre SNARE-kommiekca; 3 — cnusHue MeMOpaHa U CBSI3bIBAHUEC
o0enkoB NSF 1 a-SNAP; 4 — nucconnanus SNARE-koMmuiekca

Huccounanuss SNARE-kommiiekca npoucxXoauT ¢ 3aTpaToil SHEPTUH U TpU
YYaCTHH JIOTIOJHHUTENBHBIX OENKOB. bellku, ydacTByroImmMe B JIUCCOIMAIIAN
SNARE-kommuiekca, HassiBaroTest o-SNAP (soluble NSF attachment protein) u
NSF (NEM sensitive factor). Hazpanue 6enka NSF cBsizano ¢ TeM hakToM, 4To
¢ynknuu 6enka in vivo onokupyrorcs N-stunmmanenmugom (NEM — N-ethyl-
maleimide) — XUMUYECKUM areHTOM, B3aUMOJICHCTBYIOIIMM C CYJIb(THIPUITb-
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HeiMu rpynnamu O0enkoB. Kommekc NSF-a-SNAP cessbiBaercs ¢ SNARE-
KoMmruiekcoM, nociie yero NSF ruaponusupyer AT®, BeicBoOOX a8 HE0OXO0-
JUMYIO JIJI TUCCOLUUALIMN KOMIUIEKCOB SHEPTHIO.

DHIo1MTO3 (hOopMaANTBHO pa3AesoT Ha (aroruTo3 u nmuHONKUTO3. daroru-
TO3 — 3aXBaT U MOIJIOLIEHNE KIETKOM KPYIHBIX YacTHIL] (MHOTIa Ja)e KIETOK
WM uxX 4dacteld). [InHoLMTO3 BHAYasne onpeaesnsics Kak MOrJIOUIEHUE KIETKON
BOJIbI WUIM BOJHBIX PACTBOPOB pa3HbIX BemiecTB. Ceifyac U3BECTHO, UTO Kak (pa-
TOLIMTO3, TaK U MHUHOIUTO3 MPOTEKAIOT OYEHb CXOIHO, M MO3TOMY yIOTpedie-
HUE 3TUX TEPMUHOB MOKET OTPa)KaTh JIHIIb Pa3Indus B 00beMax U Macce Io-
IJIONIEHHBIX BenlecTB. OO1ee AJi1 3TUX MPOLIECCOB TO, YTO MOTJIOIIAEMbIE Be-
HIECTBA Ha MOBEPXHOCTH IJIA3MATHUYECKOW MeMOpaHbl OKPY>KaIOTCS 4acThiO
MeMOpaHbl B BUJI€ BE3UKYJIbI, KOTOPAsl 3aTEM NIEPEMEIIAETCS BHYTPh KIETKH.

[Ipotiecc 0Opa3oBaHUsT BE3UKYJ MPHU SHIOLMTO3E MPOTEKAET TaKkKe KaK U
otrcoeauHeHue Be3ukyl B DP. [1pu snnonuTo3e 00pazyroTcst BE3UKYJIIbI, OKaiM-
JSIFOLIUM CJIOM KOTOPBIX COCTOMT B OCHOBHOM M3 OeJika KJIaTpHHa, aCCOLUUPO-
BAaHHOT'O C KOMIUIEKcaMu ajantepHoro Oenka (adapter protein complex). Tpu
NOJIUTIETITUIHBIE 1€MW KJIaTpuHa oO0pa3yloT CTPYKTYpy TpPUCKEIHOHA (OT
rped. — TpexHoruil). KiaTpuHoBble TPUCKETUOHBI HA BHYTPEHHEW MOBEPXHO-
CTH SIMOK IJIa3MaTH4YECKON MeMOpaHbl 00pa3yloT PHIXIyIO ceTh. B oTaenenuu
AHJ0OCOMBI y4acTBYIOT Takxke I Td-cBs3biBatonue OCJIKU — TUHAMUHBI, KOTO-
peie nocine cBsa3biBaHuA [ T moammMepusyroTcss BOKPYT HIEMKH OTAEISOMIET O-
s my3bIpbKa. [locie Toro, Kak OKauMIIEHHBIN ITY3BbIPEK OTAEIISIETCS OT IUIa3Ma-
TUYECKON MEMOpaHbl, KIATPUHOBBIN CJION pacmaaaeTcs.

JlanbHeimas cyb0a BE3UKYJ MOXKET OBITh Pa3IMYHOM, YacCTh U3 HUX MO-
JKET BO3BpAIaThCsl K TMOBEPXHOCTH KJIETKH M CIMBATHCS C HEH, HO OOJbIas
4acTh BCTYNAET B MPOLECC BHYTPUKIETOYHOI'O PACUIEIUIEHUS] MAaKpPOMOJIEKYJI.
[lepBruHBIE 3HIOCOMBI COEPkKAT B OCHOBHOM 3aXBAaU€HHBIEC B JKHUJKOW Cpeze
qyKepOJHbIE MOJIEKYJIBI U HE COiepkKaT TuaponuTuyeckux ¢pepmentos. [Tocne
NOTEPU KJIATPUHOBOTO CJIOSI SHAOCOMBI HAYWHAIOT CIMBATHCS JIPYT C IPYroM,
IIPU 3TOM YBEIUYHUBASACH B pazmepe. OHM CIIMBAIOTCS 3aTEM C IEPBUYHBIMHU JIU-
30COMaMH.

DHI0COMBI XapakTepu3yrorcst 6osiee Hu3kum 3HadeHuem pH (pH 4-5), to
ecTh OoJjiee KUCIION Cpeioi, YeM JApYyrue KJIETOUHbIC BaKyOJIM. JTO CBSI3aHO C
HaJU4YueM B WX MeMOpaHax H'-AT®assr — IIPOTOHHOTO HACOCa, 3aKaYMBaro-
HIero MPOTOHBI BHYTPh AHAOCOM. Kucnas cpena BHYTpU SHIOCOM HUIpaeT pe-
HIAIOUIYI0 POJIb B JUCCOLMALMY PELUENTOPOB U JUTraH1oB. KpoMe Toro, kucnas
cpelna SIBISICTCS] ONTHUMAIIBHOMN 711 aKTUBAITUHU THAPOJIMTUYECKUX (DEPMEHTOB B
an3ocoMax. ITH (pepMEeHThl aKTUBUPYIOTCS MPU CIUSHUM JU30COM C IHAOCO-
MaMH, 4TO IPUBOJUT K 0Opa30BaHUIO SHIOIU30COM, B KOTOPHIX M MPOUCXOJUT
pacIIeIIEHHE MOTJIOIEHHBIX MaKPOMOJIEKYJI.

NHTEeHCUBHOCTH 3HAOLIMTO3a 3aBUCUT OT THUIIA KJIETOK. Tak, B KJIETKE dIH-
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TeJUs TOHKOro KuiedHuka oopasyetrcs 10 1000 Be3uKysa B CEKyHIY, a B MaK-
podarax B MUHYTY oOpasyercs nopsiaka 125 Besukyn. Pacxogyemas Ha oOpa-
30BaHKME BHYTPUKJIETOYHBIX BE3UKYJ IUIa3MaThyeckass MeMOpaHa BOCCTaHAB-
JMBAETCS 3a CUET CIUSHUS C BE3UKYJaMH B Mpollecce IK301uTo3a. B pesymnbTa-
T€ ATUX MPOIIECCOB IIa3MaTHUecKass MemOpaHa ObIcTpo oOHOBisieTcs. Tak, y
MakpodaroB Bcs TuIa3MaTuyeckas MmemOpaHa 3aMmensercs 3a 30 MUHYT, y Quo-
poOIacToB — 3a /1Ba yaca.

[Ipu (arounTo3e KpymHBIX YACTHI] WM OTIEIBHBIX KIETOK B 00pa30BaHUU
BE3MKYJ y4acCTBYIOT JIBUTaTelibHbIe OelIKM akTUH UM MHO3MH. Ha moBepxHOCTH
KJIETOK, CITOCOOHBIX K (parorurto3y (y MIIEKOMHUTAIOIIMX 3TO HEUTPODHIBI U
Makpoaru), CyuecTByeT Habop perenTopoB, B3aUMOJICHCTBYIOMMX ¢ OeKa-
MU-JIUTaHJaMHA Ha TIOBEPXHOCTH KJIETOK MulleHed. CBs3bIBaHUE JIMTAHJOB C
pelenTopaMu akTUBUPYET MPOILIecC MEpe/ladyu CUrHaia OT MEMOpPAHbI KIIETOK K
aKTUHOBOMY LUTOCKeNeTy. OCHOBHBIMU YYaCTHUKAMH BHYTPHUKJIETOUHOM Ie-
penaun curHana seisitoTest Rho-nogo6usie ['Tdaswl, GyHKIIMOHUpYOIINE, TTO0-
n00HO ApyruMm wieHaM cynepcemeiictBa Maibix ['Tda3, kak OuHapHbIE Mepe-
kimoyatenu. C uX y4yacTHEM PETyIHUPYyeTCs MOJUMEpU3aIusl U ACTOINMepr3a-
1Sl aKTUHOBBIX BOJIOKOH, TPAHCJIOKAIMSI KOTOPHIX BHYTPU KIIETOK OCYIIIECTB-
JSIETCSI MOJIEKYJIaMU MHO3HHA.

7.5. A0EPHAA OBOJIOYKA

OT uuromniaasMel SIpO OTIAEIEHO SAEpPHOM 000JI0YKOW, 00pa3oBaHHOW 3a
CUET PaCIIMpPEHUs W CIUSHHUS APYr C IPYyroM IHUCTEPH SHAOIIa3MaTUYECKON
ceTH. SlnepHas 000JI0YKa COCTOUT U3 JBYX MEMOpaH, BHEIIHEH U BHYTPEHHEM.
[TonocTe snepHO 00O0JIOUKM Ha3bIBAETCS NMEPUHYKIEAPHBIM MPOCTPAHCTBOM.
Buemnss memOpaHa siiepHOi 000JI0YKH, HEMOCPEACTBEHHO KOHTAKTUPYIOIIAS
C LIMTOIJIA3MOM KJIETKH, UMEET PAJl CTPYKTYPHBIX OCOOEHHOCTEH, MO3BOJIAIO-
IIMX OTHECTH €€ K MEMOpPaHHOW CHCTEME HHAOIIIA3MaTHYECKOr0 PETUKYITyMa.
Tak, Ha BHENIHEN syiepHON MeMOpaHe OOBIYHO pacrojaraercs 00JbIIoe KOJu-
4ecTBO puOOCOM. DTH prUOOCOMBI CUHTE3UPYIOT KaKk MEMOpaHHbIE, TaK U CEK-
peThpyeMble OeNIKH, KOTOphIE MOTYT TPaHCIIOPTUPOBATHCSA B MEPUHYKIIEAPHOE
npocTpancTBO U nosnocty JP. Hapsany ¢ aTuM BHewHss siaepHas MeMOpaHa u
MeMOpaHa 3HJ0MIa3MaTUYECKOT0 PETUKYJIyMa OJM3KU IO COCTaBY JIMIUIOB U
OEJIKOB, YTO, BO3MOKHO, M OTIPEIeIIsAeT UX 00Ire OnoXuMudeckrue QyHKIIHH.

BuyTpenusiss MemOpaHa s/1epHOii 000JI0UKH CTPYKTYPHO CBSI3aHA € KECTKOU
OEJIKOBOW CTPYKTYPOW — JJAMUHOM, K KOTOPOU MPUKPEIIEHbl HUTH XPOMOCOM-
noit JIHK. Jlamuna cpopmupoBaHa nociaeaoBaTebHOCTBIO OJMHAKOBO OPUEH-
TUPOBAHHBIX MPOMEXYTOUHBIX (PUIAMEHTOB, HAa3bIBAEMBIX JJAMUHAMU. B kiet-
KaX MO3BOHOYHBIX OHa (JOPMHUPYETCSI B OCHOBHOM M3 JaMuHa A, jamuHa B u
namuHa C. JlaMUHBI PUKPEIIISAIOTCS K BHYTPEHHEW MeMOpaHe siiepHOil 000-
JIOYKH TPU TIOMOIIM 3aIKOPEHHBIX B HEW TpaHCMEMOpPAHHBIX OEIKOB — peler-
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TOpPOB JIAMUHOB. B HEKOTOpBIX MeCTax BHYTPEHHSISI M BHEIIHSS MEMOpaHbI
AJIEpHOM O0OJIOUKHU CIMBAIOTCS M 00pa3yloT TaK Ha3bIBA€MBIE SIZIEPHBIE MOPHI,
yepe3 KOTOPbIE OCYIIECTBIIACTCS TPAHCIIOPT MOJIEKYJT U3 fAJipa B IIUTOILIA3My U
B 00paTHOM HampaBJICHUU. SepHBIC TOPHI UMEIOT CIOKHYIO CTPYKTYpY, Opra-
HU30BAHHYI0 HECKOJBKUMU JECITKAMH CIEIHUATU3UPOBAHHBIX OCIKOB — HYK-
JICOTIOPUHOB.

benkoBasi cocraBisiomnias AAepHON MOPHI 0003HAYAETCS TEPMHUHOM «SIEP-
HbII opoBeIi kKomiuiekey (ATIK). Kommiekce simepHoi mopsl OpeicTaBiaseT co-
00l HAAMOJIEKYJISIPHYIO CTPYKTYpy ¢ Maccoi 6omee 125 M/la. Baemnnmii qua-
METpP MOPOBOro KoMIuIekca coctasisieT okojo 100 HM, a Beicota — 75 HM. Ha
puc. 7.7. uzobpakeHa cxema CTPOCHHUS SAESPHOTO TOPOBOT0 KOMITJIEKCa.

Luronnasmarudeckue [MUTOITJIASMA

(punameHTb s

Luronnazmaruyeckoe
KOJIBLIO

JIoMeH LleHTpabHOI
4acTH

JIromeH

Tpaucnoprep

’/
AnepHoe KOJbLO

epHble (hPHUIaMeHTHI
SAnepHas D, Anep b

KOpP3HHA

TepMuHanbHOE

KOJIBLIO SIA€PHOH
KOP3HHBI

\_ DunaMeHThl
TEPMUHAJIBHOTO AOPO
KOJIbLIA

Puc. 7.7. Cxema CTpoeHHUS SAIepHOTO TTOPOBOTO KOMILJIEKCA

[IpoHnnaemslii 111 MOJIEKYJI KaHajl PacCIoliaraercsi B LEHTPE CTPYKTYPHI.
AIIK cBs3aH ¢ siaepHOit 000JI0YKOM ¢ MTOMOIIBI0 TPAHCMEMOPAHHOM YacTH, OT
KOTOPOM K MPOCBETY KaHajla 0OpalleHbl CTPYKTYpbI, MOJYyYUBIINE Ha3BaHHE
cnull (MO aHAJIOTMHU CO CIUIAMU KoJjieca). DTa OCHOBHAs 4acTh MOPHI, MOCTPO-
€HHasli U3 BOCbMHU JIOMEHOB, C LUTOIUIA3MAaTUYECKON U AJIEpPHOM CTOPOH Orpa-
HUYEHA COOTBETCTBEHHO IUTOIIa3MAaTUYECKUM U SJEPHBIM KOJbLUAMU (Y HHU3-
HIMX 3YKapUOT OHU OTCYTCTBYIOT). K simepHOMY KOJIbILly MPUKPEIIEHBI OEIKO-
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BbIE HaIlpaBJIE€HHbIE BHYTPb flipa siAEpHbIC (PUIAMEHTHI, K KOHIIAM KOTOPBIX
KpPEMUTCS TEPMUHAIIBHOE KOJIBLIO. BCsl 3Ta CTpyKTypa HOCUT Ha3BaHUE SIACPHOU
KOp3uHbl. K 1UTOMIa3MaTu4eckoMy KOJIBIY TaKkK€ MPUKPEIUICHbI HANPABIECH-
HbIC B IUTOIUIa3My (UIAMEHTHI. B IeHTpe MUIMHAPUYECKONH (PUTYPBI KOM-
IJIeKca COJEpPKUTCS TpaHcnoptep. CUMTAETCs, YTO TPAHCHOPTEP COCTOUT U3
MHOKECTBa OCJIKOBBIX (DMIAMEHTOB, OOOTAIICHHBIX AJTAHWHOM W TIUITUHOM
(FG-dbunamenTsr).

Komrmuieke 3akperuisiercst B siIepHOl MEMOpaHe ¢ MOMOIIbI0 MHTErPAIbHBIX
riukonpoTenHoB gp 210 u POM 121. Crpykrypnas opranuszanus AIIK y Bcex
BBICIIINX OPTaHW3MOB, BKJIIOYas dYeJIOBEKa, NTHUIl, aM(pUOWi, HACCKOMBIX H
BBICIIMX PACTEHHI, CXOJIHA U SBJISIETCS BBICOKO KOHCEpBAaTUBHOW. IIMOTHOCTH
pacIoioKeHUsT TIop B siIepHON 000JI0YKe BapbupyeT B cpeaHeM ot 13 mo 30
nop Ha | MkM” moBepxHOCTHU sAnpa, gocturas 5000 mop Ha OJHO SAAPO B OOIHU-
Tax JSTYIIKA U PaHHUX dMOpHUOHAX Apo30duiibl. YUCTo SAEPHBIX MOP 3aBUCUT
OT THUIIA KJIETKH, METa00JIMYECKOW aKTUBHOCTH U CTAJIUU KJIETOUHOT'O THUIIA.

MosnekyIsapHbIii 0OMEH MEX]y SIAPOM M IUTOIUIaA3MOM OCYIIECTBIISECTCS B
pe3yabTare sACPHO-IUTOILNIA3MATUYECKOTO TpaHcnopTa. MOHBI U MOJIEKYJIbI
pa3sMepoM MEHBIIIE 9 HM U MOJIEKYISIpHBIM BecoM MeHee 60 k/la nmepememaroT-
Csl 4epe3 sAJIEpHYIO MOpYy B pe3ysbTaTe naccuBHOM Audy3un yepes y3kue Ka-
HaJbl (3a30pbl) MEXIY WHIAUBUIYAIbHBIMH KOMIIOHEHTAMH MOpPHI. TpaHCIOpT
ocTaibHBIX MoJiekyl uepe3 AIIK siBnsieTcss akTUBHBIM U TpeOyeT dHepreTuye-
CKHX 3aTpar.

Cucrembl aKTUBHOTO TpaHCHOpPTa OOECIEYMBAIOT BECh MaKPOMOJEKYJISp-
HBIM 00MeH Mexay siapoM U 1uToriazmoit. Monekynsl PHK, cunTesupyemsbie
B fJIpe, MOCTYNAaIOT 4Yepe3 MOphl B IUTOIUIA3My, & B SJIPO TMOMAJAI0T OCNKH,
Y4acTBYIOIIME B si/IepHOM MeTabosm3me. benku, Tpancmoptupyembie B Spo,
MMEIOT CIEUHANIbHBIM CUTHAJI COPTHUPOBKUM — CUTHAN SIICPHOW JOKaIU3aluu
(NLS — nuclear localization signal), koTopslii y3HaeTCs peLienTopamMu sIICPHBIX
nop. CUrHaNbHBIA YYaCTOK MOJMMOENTUIHON LENH COACPKUT MOJIOKUTEIBHO
3apsKCHHBIE AMUHOKHUCIIOTHBIE OCTaTKW apruHvHa W jau3uHa. Takue NLS xa-
pakTepHBbI ISl KapuO(MUIBHBIX OENKOB, T. €. sl OEIKOB SIACPHOM JIOKaIu3a-
[[UU, KOTOPbIE CUHTE3UPYIOTCS Ha pubOCcOMax B ITUTOIUIA3ME, a 3aT€M TPaHC-
MOPTUPYIOTCS B SIAPO.

Tpanciokaiust 6€JIKOB B SIAPO B OTJIMUKUE OT TPAHCIOKAIIMU B MUTOXOHIPUU
U DHJOIUIA3MATHUYECKUNA PETUKYJIYM HE COIMPOBOXKAACTCS OTIICTUICHUEM 3TOM
CUTHAJIbHON aMUHOKHUCJIIOTHOW MOCJIEAOBATEIbHOCTH M Pa3BOpPAYMBAHHEM I10O-
munentuaHon 1enu. NLS-comepkamue Oenku, Kak U BCe IPYrue CyOCTpaThl
CUCTEM SIIEPHOTO TPAHCIIOPTA, MEPEHOCATCA B SIAPO B KOMIUIEKCE CO CIIELU-
ATBHBIMUA O€JIKaMU — TPAHCTIOPTUHAMU WK Kapuodepunamu. TpaHCTIOPTHHEI,
YYaCTBYIOIIME B TPAHCIOPTE B SIAPO, HA3BIBAIOTCS UMIOPTUHAMU, a U3 sIpa —
IKCIIOPTHUHAMHU. TpPaHCTIOPTUHBI (MMIOPTHH O, UMIOPTUH 3 U JIp. OCJNKHU) WT-
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paroT poJib PELENTOPHBIX OEJKOB, KOTOPHIE Yepe3 aJanTOpHbIE OETKU WU Ha-
NPSIMYIO CBSI3bIBAIOTCSI C CUTHAJIBHBIMU YYaCTKaMU TPAHCIIOPTUPYEMOM MoJie-
KYJIBL.

Perynsuus Tpancnopta 0€JIKOB yepes3 siAepHble MEMOpaHbI OCYILECTBISETCS
c moMoIuIplo 0enkoB Ran, otHocsmumxcst kK ceMecTBy Ras-nmogoonsix ['Tdas.
dakTop oomena HykieotunoB (GEF — GTPase exchange factor) mins Ran, xpo-
MaTuH-cBs3bpiBatonii 6emok RCC1, nokanmzoBan B sape, a aktuBarop ['Tdasz-
Hoit aktuBHOCTH RanGAP1 (GAP — GTPase activation protein) — B nmuroILias-
Me. JTa aCUMMETPHUYHAs JIOKaU3alusl peryisiTopoB aKTUBHOCTA Ran mpuBo-
JTUT K HEPAaBHOMEPHOMY PACTIPECIICHHIO HYKIICOTHACBA3BIBAOIINX (hopM OeI-
Ka: B sjape Haxomutcs mnpeumyiiectBeHHO Ran-I'T® (I'Td-cesaswiBarorias
dbopma Ran), B nuromnasme, Hao6opor, Ran-I'’I1d (I'JId-cesa3piBatomas dop-
Ma). Ran perynupyer kak mpoiieccbl UMIOPTa, TaK U MPOIECCHl IKCIIOPTA pa3-
JUYHBIX cyOcTpartoB. [Iporecc nupkymsiuu Ran Mexy siapoM U [MUTOIIa3MON
HocuT Ha3Banue ['Tdaznoro nukia Ran.

NMnopT HauymHAETCS C TOTO, YTO TPAHCHIOPTUPYEMBIN B SJIpO OCJIOK CBSI3bI-
BAETCSl C TETEPOAUMEPOM PELENTOPa, TO €CTh C UMIIOPTUHAMHU O U [3, JTOKaJHU-
30BaHHBIMU B 1UTOIUIa3Mme (puc. 7.8). 3aTeM 00pa30BaBIIMICS KOMILIEKC 3a-
KpEIUISIeTCS Ha IUTOIUIa3MaTUYECKUX (pUIaMeHTaxX SJIEPHOTO MOPOBOTO KOM-
IJIEKCa U TPAHCIOLMPYETCS Yyepe3 KaHal B sJIpo, I/IE€ C HUM CBs3bIBaeTcs Ran-
['T®, yTo BHI3BIBAET MTUCCOIMAIIMIO KOMILJIEKCA M BBICBOOOXKIeHUE Oenka. [1o-
CJIe Yero UMNOPTUHBI B KoMmIuiekce ¢ Ran-I'T® nanpapnisioTcss oOpaTHO B 1U-
torasmy, rae Ran mox nerictBueM RanGAPI rugponusyer I'T®. Komruiekc
Ran-I"’I®-umnopTtuns! o/ HectabuneH u aucconuupyet. Ran-I'JI® moctymaer
oOpaTHO B SAPO MPU TOMOIIM COOCTBEHHOTO IEPEHOCUUKa, OenKa-aumepa
NTF2. B sape non aeiicteuem Oenka RanGEF, I'/I® B aktuBHOM 11eHTpe Ran
3amensieTcst Ha I'T® u oOpazyercs aktuBHas popma Ran-I"Td.

N3 sapa B nuTOmIIa3My TakKe CyIIECTBYET MOTOK Kak OEJKOB, Tak W siAep-
HBIX TPAHCKPUNTOB B BHUAE puOOHYyKjIeomporenaoB (puc. 7.9). B npunmumne
ATOT JKCIOPT MO CBOSU OpraHU3alMMi CXOAEH C MPOLIECCOM UMIOPTA SIEPHBIX
oenkoB. OfHa U Ta K€ TTOpa MOXKET NMPUHUMATH Y4acTUE KaK B UMIIOPTE, TaK U
B DKCIIOPTE MakpoMouieKyl. 3 sfipa TpaHCHOPTUPYIOTCS MAKPOMOJIEKYJIbI, CO-
Jiep KaIie CUTHaJl COPTHUPOBKU — curHan simepHoro skcropTta (NES - nuclear
export signal), oOpa3oBaHHBIN MOCIEIOBATEIILHOCTEIO THAPO(GOOHBIX aMHHO-
KHCJIOT.
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Puc. 7.8. Cxema Tpancnopta GelKOB B A1pO:

1 — cBs13pIBaHME TPAHCIIOPTHPYEMOTO B SO O€NIKa ¢ UMIOPTUHAMM; 2 — TPAHCIIOKALIUS KOMIUIEKCA
yepes siepHyo MeMOpany ¢ yuactueM SIIP; 3 — nucconuanus KoMIuieKkca B pe3ysbTaTe CBSI3bIBAHUS
uMnoptuHoB ¢ Ran-I'T®; 4 — skcnopt o6pazoBaBierocs komriekca Ran-I' TO-UMIOpTHHEI B TUTO-

mwiazmy; 5 — ruaponns ['TO u qucconmanus komiviekca Ran-I'T®-umnopTrHbI

IUTOITIASMA Tpancnoprupyemelii

OeJlox

AIIP

Puc. 7.9. Cxema TpancnopTa O€JIKOB U3 sjIpa:
1 — oOpa3oBanue KOMIUIEKCA TPAHCIIPTUPYyEMOTro Oenka ¢ skcropTuaoM U Ran-I'TO;
2 — TpaHCIIOKAIUsl KOMILIEKCa Yepe3 siepHyto MeMOpany ¢ yaactuem AIIP; 3 — rua-
poims ['TO u aucconmanus KoMIuiekca; 4 — UMIIOPT SKCHOPTUHA B SAPO
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[lepBoii cTagneil TpaHCIOPTUPOBKH 3/1€Ch TAKXKE SBISETCS pelenuus cyo-
crpata crenupuyeckum skcroptrHoM Crml (chromosome region mainte-
nance) m oOpa3zoBaHUE KOMILIEKCA, B COCTAB KOTOPOTO TaKXe BXoAUT Ran-
['T®. ITocne npoxoxkaeHUs Yepe3 AIEPHYIO Opy B HUTOILIa3My Ran pacmien-
nsier ['TO, xoMIUIeKC TepsieT CTaOMIBLHOCTh U JUCCOLMUPYET, BHICBOOOXKAAst
TpaHCHOpTUpYeMbIi Oenok. DkcnopThH M Ran mocne ruaponusza I'TO cHoBa
BO3BPALIAIOTCS B SIPO.

7.6. CTPOEHMUE U ®YHKLUUN NTN3OCOM

JIuzocomsl — 310 opranesuibl quamerpom 0,1-2,0 MkM, OCHOBHast (HYyHKITUS
KOTOPBIX 3aKJII0YAETCS B PACIIEIJIEHUU KIETOYHBIX KOMIIOHEHTOB M MapOMO-
aexys. OObIYHO KJIETKa COAEPKUT HECKOJIbKO coTeH Jm3ocoMm. [Ipomecc obpa-
30BaHMS JIN30COM aHAJIOTMYEH MPOLECCY 00pa30BaHUSI CEKPETOPHBIX BE3UKYJI.
OCHOBHBIM OTJIMYMEM JIM30COM OT CEKPETOPHBIX BE3UKYJI SIBISIETCS HA0Op TU/I-
poJia3, MO3BOJIAIOIINI JIM30COMAaM YYacTBOBATh B MPOLIECCAX BHYTPUKIETOUYHO-
IO paclIeryieHUs] KaK 3K30T€HHBIX, TaK M SHJOTEHHBIX OMOJIOTMYECKUX MaKpO-
MoJieky. JIuzocomel conepkar okosio 60 TUMOB ruaposa3 (MpoTenHasbl, HyK-
Jeasbl, TIuKo3uaasel, Gochopmnasel, Gocdaraszsl, cynbhuTazbl), MaKCUMAIIb-
Has aKTUBHOCTb KOTOpbIX Aocturaercs npu pH 5.0.

B memOpane nu3zocom HaxoastTcss AT®-3aBucCHMBbIE TPOTOHHBIE HACOCHI —
H'-AT®as3bl, npyu GyHIMOHUPOBAHUM KOTOPHIX HA MEMOpaHE JIM30COM CO3/1a-
€TCS DJIEKTPOXMMHMYECKHUN TPAJWEHT NPOTOHOB. BHYTpPEHHAS cpeaa Ju30CoM
umeet pH 5,0, B To Bpems kak B uurormmasme pH 7,0-7,3. IIpu pH, xapakrep-
HBIX JUISl IIUTOIUIA3Mbl, JTU30COMHBIE (DEpMEHTHI 00JaAat0T HU3KOM aKTHUBHO-
CTh10. OYEBUJIHO, 3TO CIY>KUT MEXAHU3MOM 3aLUThI KIETOK OT CaMOIlepeBapu-
BaHUS B TOM CJIy4ae, €CJIM JIU30COMHbBIA (PEPMEHT CIIy4ailHO MOMaaaeT B LIUTO-
mazMy. Kpome Toro, nunuasl U O€JKH JIM30COMHOM MEMOpaHbl COAEpKaT
OJIMTOCAXapH/bl, KOTOPbIE, KaK MpEAnoJaraeTcsi, NPensTCTBYIOT B3aUMOJEH-
CTBUIO JTU30COMHBIX (DEPMEHTOB C MEMOpPAHAMH JIU30COM.

Cpenu pa3andHbIX 10 MOP(HOIOTUHU JTU30COMHBIX YaCTHI] MOKHO BBIJICITUTH,
10 KpaiiHel Mepe, YeThIpe TUMA: IEPBUYHBIE JM30COMBI, BTOPUYHBIE JIN30CO-
MBI, ayTo(harocoMbl U OCcTaTOuHbIe Teibla. [lepBUUHbIE TU30COMBI MPEACTaB-
JSIIOT OO0 MeJKue MeMOpaHHbIe My3bIpbKU pazMepoM okosio 0,1 Mxwm, oTiie-
wtonmecss ot anmnapara ['onpmku. B jganpHeWeM nepBUYHBIE JIM30COMBI
CIIMBAIOTCA C (arouuMTapHbIMM WJIM MUHOLUMTAPHBIMHU BE3HKYyJIaMH, 00pa3zys
BTOPHUUHYIO Ju30coMy. [Ipu 3TOM TUIposia3bl MEPBUYHOM JIM30COMBI MOTYYaOT
JOCTYII K CyOCTpaTaM 3HIOLUUTAPHOM BE3UKYJIbI, KOTOPbIE OHU U PACILEILISIOT.
JIn30cOMBI MOTYT CIIMBAThCS JIPYT C IPYTOM M TaKUM IyTEM YBEJIMYHMBATHCS B
o0ObeMe, MPU 3TOM YCIOKHSETCS MX BHYTPEHHsA CTpyKTypa. llornomieHHbie
JM30COMaMu OMOTEHHBIE BELIECTBA PACHICTUIAIOTCS THAPOJIa3aMu O MOHOMeE-
POB, 3aTEM 3TH MOHOMEPHI TPAHCIIOPTUPYIOTCA B LUTOIIa3My, II€ OHU BKJIIO-
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Yal0TCs B META0OJIMUECKUE TTPOLIECCHI.

OpHako pacuierieHne OMOTeHHbIX MAaKPOMOJIEKYJ BHYTPH JIM30COM MOYKET
WITH B psZIE€ KJIETOK He 0 KOHIA. B 3ToM ciyyae B MOJIOCTAX JIM30COM MTPOUC-
XOJUT HAaKOIUICHHE HETUIPOIU3UPOBAHHBIX MPOAYKTOB U MEPEX0] BTOPUUHBIX
JM30COM B TEJIOIM30COMBI, MJIM OCTATOYHBIE TeJblia. Tel0In30COMBl YAAISIIOT-
Csl U3 KJIETKH IyTEM 3K30IIUTO3A.

AyTOnaM30CcOMBI (ayTO(arocoMbl) M0 MOP(POJOTUIECKUM MpHU3HAKAM OTHO-
CSAT K BTOPUYHBIM JTU30COMAaM, HO MX OTIUYHME COCTOUT B TOM, YTO B COCTaBe
3THX BE3UKYJl BCTPEUAIOTCS (parMEHThl WU AaKe LeJble LUTOIUIa3MaTude-
CKHE€ CTPYKTYpBI, TaKhe, KaK MUTOXOHAPHUH, TIACTUIBI, dJeMeHTh DP, pubo-
COMBI, IpaHyJIbl TJIMKOTE€HA U T.[.

7.7. CTPOEHUE N ®YHKLUUN NMEPOKCUCOM

[Tepokcrcombl (Ha3bIBacMbIE TaKKE MHKPOTEIIBIIAMHU) SIBJISIOTCS HEOOJIb-
mumu opraneuiamu (0,1-1,0 MKM), OKpYKEHHBIMH OJUHAPHOW MEMOpPaHOM.
MeMOpaHa MEepOKCUCOM OTIPAHUYMBAET TPAHYJSIpHBIA MaTpukc. B 1meHtpe
MaTpUKCa 4acTO, OCOOEHHO B MEPOKCHCOMAxX KJIETOK MEYEHH, MPUCYTCTBYIOT
KPUCTAJUIONOA00HBIE CTPYKTYPBI, COCTOSIIIME U3 PETYJSIPHO YHAKOBAHHBIX
bubpumn wm Tpyoouek (puc. 7.10). HazBanue opranesmn oOyciIoBICHO HaIH-
yreM (EepMEHTOB, CBSI3aHHBIX C METa00JIM3MOM Mepokcuia Bogopoaa. [lepok-
CHUCOMBI COZIep>KaT (DEPMEHTHI OKUCIUTEIBHOTO JI€3aMUHUPOBAHUSI AMUHOKH C-
70T (ypaTokcuaasa, okcujaaza D-aMUHOKUCTOT).

R T o S T o WG 1 | g
SRR '»," 5 a T A ST L%

4 4 5 e .
' -

Puc. 7.10. Kpucrannomnogo0HbIie CTPYKTYPHI B IEPOKCHCOMAX

OKuCIUTENBHOE J1€3aMUHHUPOBAHME TPOTEKAeT B JABE cTaauu. Ha mepBoii
CTaJMyd aMUHOTPYIINa OKHUCISETCS 0 HEYCTOWYMBOIO MPOMEKYTOUHOIO IMPO-
JyKTa — UMUHOTPYIINBI, TIPU 3TOM DJIEKTPOHBI MEPEHOCATCS Ha (PIIaBUHOBYIO
TpYIIy KaTaJu3upyoIIero peakiuoo ¢epmenta. Ha BTopoit ctaguu mpoucxo-
JUT CIOHTaHHOE THUIPOJIUTUYECKOE OTIIEIJICHHEe UMUHOTIpyNmbl. OKUCIECHUE
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BOCCTAHOBJICHHOW mpoctetndeckoi rpymmsl (PAJ[H,) kaTtanuzupyromux mnep-
BYIO CTaJIUI0 (DEPMEHTOB MPOUCXOAUT B MPUCYTCTBUU KUCIOPOA U COIIPOBOXK-
naercs ooOpasoBanueM nepokcuaa Bogopoaa (HxO,):

®AIH, +O, - A/l +H,0,. (7.5)

B mepokcucomax HaxoOuTCsl TakKe KaTajasa, paclleIuIstouias MepOKCHI
Bojopoa. B mepokcucomax meueHu karanasza cocraisieT 10 40 % Bcex Oel-
KOB U JIOKaJIM30BaHa B Marpukce. Karanasa siBiasieTcst TeTpaMepHbIM (epMeH-
TOM, COCTOSIIUM W3 4 OAMHAKOBBIX cyOneauauI] Becom 60 k/la. Kaxxmas cy0b-
eIMHUIIA CONEPKUT OJHO MOp(UPHHOBOE KOJIBIIO M aToM >keie3a. Karamasza
(CAT) B3ammopueiictByeT ¢ H,0,, 00pasys BoIy W MOJCKYJISIPHBIA KHUCIOPOT
(7.6), 1 Cc STHJIOBBIM CIUPTOM, METHJIOBBIM CIIUPTOM, (PEHOJIAMU UIIM MypPaBbHU-
HOU KUCJIOTOH, MPOSIBIISASA MEPOKCUIAZHYIO aKTUBHOCTH (7.7):

2H,0, —2L 52H,0+0,, (7.6)
ROOH + AH, —L sH O+ ROH + A. (7.7)

B3aumMoelicTBre mepokcHa BOIopoia ¢ GepMEHTOM HHAYHPYET MEPEeX0/T
KaTaja3bl B aKTUBUPOBAaHHOE COCTOSHHUE, Ha3blBaeMOe BeliecTBoMm |
B+_ . g
(CAT(Fe’=0)). Karanutuyeckuii MeXaHHM3M B3aUMOJICHCTBUSA Karanas3bl C
H,0O, nporekaer B 2 ctaauu:

H,0, + CAT(Fe*") — H,O + CAT(Fe*>" =0), (7.8)
H,O, + CAT(Fe*" =0) - H,0+0, + CAT(Fe*").  (7.9)

Monekynsl epoKCHAa BOJOPOIA BXOAAT B TEMOBYIO NOJIOCTh, T/I€ B3aNMO-
neficTByeT ¢ aMHHOKHCIOTHBIME octatkamu His' i Asn'®’. B reme B Morexyite
IIEPOKCHUIA MIPOUCXOAUT BHYTPUMOJIEKYIIAPHBIN NIEPEHOC IIPOTOHA. Y UIMHSET-
cs 1 nonspusyercss O—O cBsA3b, KOTOpas, B KOHEYHOM MTOIE, Pa3pbIBACTCs MIPU
CMEILEHUH INEPOKCUIA BOAOPOAA K Keie3oconepxkamemy neHTpy. I[Ipu srom
oOpa3syercsi MOJIeKyJia BOAbI U BemiecTBo |. B Teyenune BTopoii cragum BeuiecT-
BO | BoccTaHaBiMBaeTcst ¢ 00pa30BaHUEM MOJIEKYJIbI BOABI K MOJIEKYJIbI KHCIIO-
pona. Hapsny ¢ atum, BemecTBo | MOXKeT BCTynarh B peakiMK ¢ JOHOpaMH BO-
JI0pOJIa, TAKUMH KaK 3THUJIOBBIM CIIUPT, METUJIOBBIN CIIUPT WM PTYTh. OKuUCIE-
HUE 3TUX CyOCTpaTOB MPOUCXOAUT Ojarofapsi KUCIOPOAY, MPUCOETUHEHHOMY
K MOJIEKYJIE KaTajasbl. B 3TOM nponecce karaiaza nposBISIET EPOKCUAAZHYIO
AKTUBHOCTb:

CAT(Fe®* = 0) +RCH,OH — CAT(Fe*") +RCOH + H,0.(7.10)

OTOT THIT OKHUCIUTEIFHO-BOCCTAHOBUTEIILHBIX peaKHI/Iﬁ 0COOEHHO Ba)KEH B
KJIICTKaX IMEYCHU M IMMOYCK, IICPOKCHUCOMBI KOTOPBIX 06€3Bp€)KI/IBa}OT MHO>KECTBO
AA0BUTHIX BCHICCTB, IMOIIAAAI0OIINX B KPOBOTOK.
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