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K4YUTATEJIIO

Korma Dpna Cazepmanana, mepBoro HoGeneBckoro maypeara B 00-
JIACTH MEXAaHU3MOB KJIETOYHOW CHUTHAIM3AINH, CIIPOCHUIIH, YTO OOJbIIIe
BCETO MOMEIIANIO €r0 OTKPHITHIO MEXaHU3MOB Nepeaudl CUTHAIA Yepes
KIIETOYHYIO0 MeMOpaHy, OH OTBETHIIL:

— He3naHue Toro, kak OHa yCTpoeHa.

Cerojsst sl KJIETOYHOTO OMojora (HelHpoxuMuka, pusnoiora, Ouo-
TEXHOJIOTa, TICXO0JIOTa) — HE3HAHHWE 3aKOHOB, IO KOTOPHIM (PYHKIIMOHH-
pyeT KJIeTKa, He3HaHWE TOro, KaK YCTPOEHa KJIeTodHas MeMOpaHa, -
HOHCEHC, HECOBMECTUMBIH C BHIOOPOM TEPCIEKTHUB COBPEMEHHBIX HC-
CJIeIOBaHUH B 00JIACTH OHOJIOTHH KIIETKH.

Bot modemy MBI HazeeMcs, 9TO TIPHU BCEW OTPaHUYEHHOCTH 00BhemMa
STOW KHUTH, HEIOCTATOYHOH TIyOMHE, HECOBEPIICHCTBE H3JIOKEHUS
MaTepuaia, 3Ta KHHWra HaWJeT CBOEro YMTaTels, KaK Hallel CBOEro
ciymarenst Kypc «bnoMeMOpaHOIOTHS, YATAEMBIH B BEAYIINX BY3axX
HaIlei cTpaHbl, 9TO, KCTATH, OTIUYAET HAIly OTCUYECTBEHHYIO CHCTEMY
€CTECTBEHHO-HAyYHOr0 00pa3oBaHusi OT CTpaH BOJOHCKOM CUCTEMBI,
T/Ie 3TOT KypC TMOMEHSETCS OTPHIBOYHBIME CBEJICHISIMH, U3JIaraeMbIMU
«II0 X0y JeJay B JICKIHSIX 10 OMOXUMUU, (U3HOIOTHH, OMOTEXHOJIO-
THH WA OUOJIOTHH KIIETKH.

Crapblii criop Mexay MpernoAaBaTeIsIMH, YTO BaXKHEE JUIS CTYICH-
Ta — CUCTEMaTHYHOCTh W TNyOWHA 3HAHWH WM OTKPBHITHE IIMPOKHX
MIEPCTIICKTUB B WX HAKOIJICHUH, MBI OTBXKHO U 0€30TOBOPOYHO pelIaeM
B MOJIB3Y BTOPOTO (hakTopa: YTOOBI MBITATHCS HAUTH CBOE MECTO B HaY-
K€, HaJ0 BUAETh TOPU30HTHl €€ pa3BuUTUsA. A korzna Bel Halizere 3TO
MeCTO — yIIIyOJIeHWe Hay4HBIX 3HaHWW Oymer Bamrelr coOGcTBeHHOU
npodeccueil. MBI OT AyIIu HajgeeMcs, 4TO Kakoe Obl HallpaBJIeHUE Hay-
k1 Bol He u3bpanu, OuomemOpanonorus OyneT oqHoi U3 ocHoB Barme-
TO €CTECTBEHHOHAYYHOTO MHUPOBO33PCHHUS.

Aemopbi



CIIMCOK COKPAIIIEHUM

OCHOBHBIE COKpAILIEHUS, IPUHATHIE B TEKCTE, COOTBETCTBYIOT PEKO-
MEHJAITNSIM KOMUCCHH 10 Omoxumuueckoi Homenkmarype [UPAC.
Jpyrue ucroiap3yeMble COKpAIICHUs IPUBEICHBI HXKE:

A®K — akTuBHBIE (POPMBI KUCIIOPOIA

All — ameHMIaTIHMKIa3a

JAT — quaruriumepos

JUK/ — mumukmoreKcrikapOotnuMuga

JI3C — au3THIICTHIIEOECTPOIT

Nd; — unosuron-1,4,5-tpuchocdar

KKM — kpuTHueckasi KOHIICHTPAILUs MHUIIEII0O00pa30BaHuUs
JIHII — nunonpoTenHbl HU3KOM MIOTHOCTH

JIOHII — nunonpoTeuHs! 04eHb HU3KOH MIIOTHOCTH
JITIIT — munonpoTenHbl MPOMEKYTOUHON INIOTHOCTU
M/IA — MaJIOHOBBIN TUATTBIACTH]L

MXP — MyCKapUHOBBIA XOJUHEPTUYECKUN PELIETITOP
IIK — npoTenHkuHaza

ITOJI — mepekucHOe OKUCIICHUE JIUITUI0B

CM — chuHroMuenuH

CO/JI — cynepokcuaancMyTasa

CP — capkomnina3sMaTu4eckuil peTUKYIIyM

TK — Tupo3uHKHHA3a

DJ1D — pocdoamacrepasa

OUD, — pochaTumunmmHO3uTON-4,5-0McHocdar
®PK - ¢akTop pocrta KIeToK

OPD — ¢hakTop pocra anuIepmIca

OX — pochaTuanTxonuH

DO — pochaTnandTAHOTAMUH

OC — pocharnanncepur

OIIP — aneKTpOHHBII MapaMarHUTHBIN pe30HaHC

OP — sHAOIIIa3MaTHYECKOTO PETUKYITYM

SAMP — anepHbIil MATHUTHBIA Pe30HaHC

GPCR - peneniropsr, cBsizanHble ¢ G-Oenkamu
NANA — N-aneTtunHeipaMuHOBas KHCIIOTa

PPa3a — mupodoctaraza



MemOpaHBI UTPAIOT KIIOYEBYIO POJb B CTPYKTYPHOW OpraHH3aliH
BCEX KJIETOK — MIPOKAPUOTHUECKHUX U DYKAPHUOTUIECKUX, PACTUTEIHHBIX
U KUBOTHBIX.

[To Mepe pa3BuTHS OMOJIOTUN OIPEEIIIONIas POIh MEMOpPaH B JKH3-
HU KJICTKHM CTaHOBHTCS BCe Ooyiee O4eBHIHOW. B cmiy ocobeHHOCTEH
CBOETO CTPOCHUS MeMOpaHbl BO MHOTOM OIIPEIEISIFOT OCOOSHHOCTH
(YHKITMOHUPOBAHUSI KIIETOK.

1. 3BOJIIONUA MTPEACTABJIEHUI O CTPOEHUH
MEMBPAH

Hammume memMOpaH BOKpPYT JKHMBBIX KJIETOK OBLIO YCTaHOBJIECHO
Oomee crta mer Hazax B paborax K. Heremu, xotopwii B 1855 romy
O0OHApYXXWJI, YTO HEMOBPEKICHHBIC KJIETKA MOTYT H3MEHSTh CBOU
00BeM TpH U3MEHEHHH OCMOTHYECKOTO JaBICHHS OKpY> Karomei
cpempl. OTH HCCIEAOBaHMS ObUTH TpoAobkeHsl E. OBepTOHOM,
MOKA3aBIIMM, YTO HEMOJSAPHBIE MOJICKYJBI JIErde MPOXOJIT Uepes
KIETOYHYI0 MeMOpaHy, 4eM MOJIApHbIe coenuHeHus. Ha ocHoBe 3Thx
HAOIOZICHN OH BIIEPBBIE BBICKA3aJl IPENIONIOKEHNE, YTO KIIETOYHAs
MeMOpaHa WMeeT JIUMUIHYI0 NPpUpoay. Pa3BuTHe uuelt o CTPyKType
MeMOpaH CYIIeCTBEHHO MPOABHHYJIOCH Onaromaps paboram E.['optepa
u @.IpeHnena, npoBeneHHbIM B 1925 1. DTH aBTOpHI BIEPBbIE
BBIZIBUHYJIM KOHIICTIIIMIO JIMIHIHOTO OWCIIOsA. DTa Waes BO3HUKIA Ha
OCHOBE MIPOCTOTO JKCIIEPUMEHTA. Jlunu et SPUTPOIUTOB
AKCTPArupoBalld alleTOHOM M 3aTeM IOJIyYaad U3 HUX TOHKYIO TUICHKY
Ha ToBepXHOCTH BoAbl. C TMOMOIIBI0 TIOIDIABKA CXKAMAIM CIOH
JUMHUIHBIX MOJIEKYJ Ha TpaHMIE pa3liena BOAa/BO3AYX IO TeX Iop,
MOKa ATOT CJIOW HE HAYMHAJ OKa3bIBaTh COMPOTHBIICHUE NAbHEHIIEMY
CKATHIO; DJTO SBJIECHHE OBUIO OOBSACHEHO O0Opa30BaHWEM ILIOTHO
YIIAKOBAHHOHM MOHOMOJIEKYJISIDHOM JIMIIUAHOW IuieHKku. W3mepeHue
IJIOMIAAH, 3aHUMAaeMOW IUMUIAMH, U CpPaBHEHHE €€ C IUIOMIAbI0
MOBEPXHOCTH JSPHUTPOLIUTOB, W3 KOTOPBIX OSTH JUOUABI  OBLIH
9KCTParupoBaHbl, Aaju cooTHomeHue 2:1. Otcrona ObLT caenaH BBIBOJ,
4TO0 MeMOpaHa JPUTPOIMTOB COCTOMT W3 JIMIUIHBIX MOJIEKYJ,
pacroNoKeHHbIX B aBa cios. [lo-Buaumomy, stot BeiBoA E. 'opTepa n
®. I'permena oka3ajcs NpPaBHIBHBIM TOJBKO OJlaromaps B3aWMHOMN
KOMITCHCAIIUX OIMHOOK (BO-TIEPBBIX, DKCTPAKIIUS AIlETOHOM H3BJIIEKAET
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Puc. 1. Mognens crpoeruns

O6uonornyeckux memopan Jlanuenu-

JeBcona

HE BCE JIMIH/IBI, BO-BTOPBIX, OHU
Jad  3aHWKCHHYH)  OICHKY
TUIOMIAIA TTOBEPXHOCTH 3PUTPO-
IUTOB, WCIIOJb30BaB Uil  ee
OTIpeICIICHUS BBICYIIICHHBIC
kieTkn). OJHaKO B HCTOpHYEC-
KOM IUTaHe 23Ta paboTa wMena
0obIIOE 3HAYEHHE, TOCKOJBKY
KOHIICTIIHS JIUITUIHOTO OHUCIIOs
KaK  CTPYKTYpHOH  OCHOBBHI
Ononornyeckux MemMOpaH Ha
caMoM JieJie OKa3aslach BEPHOM.
Meicab 0 TOM, 4TO ¢ MeMOpa-
HaMU CBS3aHBI OENTKH, BBICKa3aHa
JecsaThio Togamu noszxe Jlx. Jla-
HUEITM B CBSI3U C HEOOXOAMMO-
CTBIO OOBSICHHUTH SIBHOE PACXOXK-
JICHUE MEXIy IOBEPXHOCTHBIM
HATSDKCHUEM Ha TpaHUIAX pas-
Iera  Macio/Boja W MeMOpa-
Ha/Boma. Belma BRICKa3aHa THIIO-
Te3a, 4YTO MeMOpaHa COCTOUT U3

JIBOMHOTO JIMITAHOTO CJIOs, U TMPEAIOI0KEHO, YTO OEIOK pacroiaraer-
Ccd Ha ee MOBEepXHOCTH — Mojenb [lanuenu — J[9BCOHa, WM MOJENh
«coagBryay (puc. 1 A, b). 3To O6pUTa OYeHB yaadHas MOJACHb, U B TeUe-
Hue nocneayromux 30 1eT MHOTOYUCICHHBIE SKCIIEPUMEHTANIbHbBIC JaH-
HBIE, OCOOCHHO MOJyUYeHHbIE C MOMOIIBI0 AU(PPAKINU PEHTTEHOBCKUAX
Jydel U JIEKTPOHHOU MUKPOCKOIINH, OJHOCTBIO OATBEPANIIN €€ ajie-
KBaTHOCTh. OCHOBHBIMH KOMIIOHEHTAMH OHOJIOTHYECKOH MeMOpaHBI
SIBIISIIOTCS. JIMMTUA U OEJOK, BOIPOC O B3aUMHOM PACIHOJOKEHHH ITHX
KOMITIOHEHTOB B MeM6paHe cTajl Npe€aAMETOM MHOT'OUYUCIICHHBIX TUCKYC-
cuill, TaKk KaKk 0OHAPYKUJIOCh, YTO MEMOPAHBI BHITIOIHSIOT Pa3HOOOpas3-

HbIE (QYHKIHH.



YrnesoaHsie UeNnoYKu

o] - ."’
(PN

(" SR XEI N Wi,

(/ 'sfz':‘ SN s Ly
'( = PHAICQ

\;:' \
e

l\‘ &7
4‘| ‘I

Nepuepuyecknin Genox

UnterpanbHoiét 6enok  fMunua

Puc. 2. )KunkocTHO-MO3angHAst MOJEIb CTPOESHHS ONOIIOTHYECKIX
MeMOpaH

Brictpelii mporpecc B MeMOpaHONOTHM, B pe3yJbTaTe KOTOPOTO
c(hOpMHUPOBAIHCH COBPEMEHHBIE MPEACTAaBIEHHUS, ObUT IJOCTHUTHYT B
3HAYUTENBPHON Mepe Onaromaps ycrexaMm B W3yUYeHHH CBOWCTB MeM-
OpaHHBIX O€NKOB. DJIEKTPOHHO-MHUKPOCKOIMMUYECKHE HCCICIOBAHHS C
NPUMEHEHHEM METO/Aa 3aMOPAKMBAHUS-CKAJIbIBAHMS IOKA3ald, 4TO B
MeMOpaHBl BCTPOEHBI TNIOOYIApHBIE YacTHIBl. TeMm BpemMeHeM OHMOXu-
MHKaM C ITOMOIIBIO AETEPreHTOB yIAIOCh «Pa3ApoOHTh) MEMOPaHbI 10
COCTOSIHUS (PYHKIIMOHAJIBHO AKTUBHBIX «YacTUID. J[aHHbBIE CHEKTpalb-
HBIX WCCIIEZIOBAaHUH yKa3bIBaJlM, 4TO JJISI MEMOpaHHBIX OEIKOB Xapax-
TEPHO BBICOKOE COJIEpIKaHUE O-CIIHpasIell U UTO OHH, BEPOSATHO, 00pasy-
10T TJI00YJIbI, @ HE PacHpeseneHbl B BUIE MOHOCIOS Ha MOBEPXHOCTH
nunuaHoro oOucnos. HemonspHele cBoiicTBa MeMOpaHHBIX OENKOB Ha-
BOJIMJIM HA MBICJIb O HAINYMAU THAPOPOOHBIX KOHTAKTOB MEXKAY OemKa-
MU ¥ BHYTpPEHHEH HemosipHOW obnacThio aunuaHoro oucnos. C. Cun-
rep u Jx. HUKONBCOH cBelIM BOGAMHO BCE 3TH HUAEHU, CO3/aB XKHUIKOCT-
HO-MO3aW4HyI0 MOJeNb. B paMmkax »Toif Mojenn memOpaHa mpencTas-
nsieTcst Kak (pocOMUMUAHBIA OUCIION, B KOTOPBIN MOTPY>KeHBI CBOOOI-
HO nuddyraupyromue 6ernku (puc. 2).



[Ipexasis moaens Jlannenn — J[9BcoHa ObLIa CTATUIHON M YCIICTITHO
00BSACHsJIa UMEBIIKECS B TO BPEMsI CTPYKTYPHBIE TaHHBIE, TIOJTyUYeHHbIE
C IOBOJIBHO HU3KUM paspeuienneM. Hauunas ¢ 70-x rr. XX B. OonbIoe
BHUMAaHHE CTAJIO YIENATHCS M3YUYEHHIO TUHAMHYECKHUX CBOICTB MeM-
OpaH ¥ WX B3aUMOCBS3M C MeMOpaHHBIMH (DYyHKIMAMH. B mocnernHue
TOJBI KUIKOCTHO-MO3ayHass MOJENb (PUcC.2) TakxKe MOABEPIiIach Mo-
IUQUKaLUK, U 3TOT Ipolecc OyAeT NpoaoDKAaThCI B COOTBETCTBUH CO-
BEPLICHCTBOBAHMEM HAIIMX 3HAHWN. BBIABISAIOTCS HOBBIC (DYHKIMH 1TU-
Tockenera. CTaHOBHUTCS SICHO, YTO HE BCE MeMOpaHHbIe OeNKu cBOOOI-
HO 1 GYHAUPYIOT B KUAKOM JIMIUIHOM OHcioe. IMeloTcst naHHbIe O
CyIIECTBOBAaHUH B MEMOpPaHE JINMMUIHBIX ToMeHOB. OOHApY KEHEI AHHA-
MHUYECKHE acCOLMAaTHl JUIMHUIOB, 00agaronme 0oiee IIOTHON yaKkoB-
Koit (padtel). BeisiBnen cnenuduueckuii knace aMpupHIBLHBIX OSJIKOB,
KOTOpBIE 10l BIMSHUEM BHEKJIECTOYHBIX CUTHAJIIOB MEHSIOT CBOIO T'MI-
pooOHOCTh ¥ 0OpaTHUMO AMCCOIMUPYIOT OT MeMOpaHbl. Takum o0pa-
30M, KJIETOYHas MeMOpaHa Bce 0oJiee OTJIMYAeTCs [0 CBOMM CBOWCTBAM
OT «KJIACCHYECKOI0» JHUMUAHOro Ouciosd. TeMm He MeHee, )KUAKOCTHO-
MO3aM4YHasi MOJIENb B €€ pPa3HbIX MOAU(DHUKALNAX BCE €IIe CIYXKHT B Ka-
YecTBe KOHLENTYAJILHOH OCHOBBI AJIsl OOBSICHEHHS MHOTUX MeMOpaH-
HbIX (peHOMeHOB. CIIOXXHOCTh CO3IAaHUSI €IUHON Mozenu Ouojoruye-
CKHX MeMOpaH CBfi3aHa C OIPOMHBIM pa3HOOOpa3zueM MeMOpaHHBIX
GyHKUUH.



2. KIETOYHBIE MEMBPAHHBIE CTPYKTYPBI

VYcnexu B ucciaegoBaHNM MeMOpaH BO MHOTOM JOCTHUTHYTHI Ona-
rojaps CpaBHHUTEIbHOMY H3Y4YEHHIO MeMOpaH M3 MHOXECTBa pas-
HOOOpa3HBIX OpraHu3MoB. JlaHHBIE, MOJTyYEeHHBIE NPH HUIyUEHUU
KJIETOK MJIEKOMUTAIOUIUX METOJOM 3JIEKTPOHHOW MHKpPOCKOINH,
CBHJIETEILCTBYIOT O HAaJU4YMH Pa3BUTOH CETH BHYTPUKIETOYHBIX
MeMOpaHHBIX oOpazoBanuii (puc. 3). He BeI3pIBa€T COMHEHHUM, UTO
OCHOBHBI€ NPHUHIUIIBI CTPYKTYPHOW OpraHW3aluy BceX MeMOpaH
’KHBOTHOM KJIETKM MO CyTH OJMHAKOBHEL. bojee Toro, 3T mpuHUIU-
Ibl PAcIPOCTPAHSIOTCS U HA MEMOpaHbl PaCTUTENbHBIX U OaKTEepH-
aJbHBIX KIIETOK.

Jrobasi xjeTka MMeeT HapyXHyl0 MeMOpaHy — ee Ha3bIBaloT
nna3matuueckoi. OHa Urpaer pojb Mperpajbl, OTASIAOMEN KUBOE
COIEpPKUMOE OT €€ HEXHMBOro OkpyxeHus. Ho mmasmaruueckas
MeMOpaHa — He mpocTo obonouka. OHa peryiaupyeT NOCTYIUICHHE
MOJIEKYJl U MOHOB B KJIETKY M BBIXOJA UX Hapyxy. Kpome Toro, B
Hel HaxoAsTCs pa3iudHble PepMEHTHI, IPUPOJAa KOTOPHIX 3aBUCUT
OT ocoOeHHOCTeH maHHOHW KieTku. OHAa COMEPKHUT CIEIHATUIUPO-
BaHHbIE KOMITOHEHTBHI, YUYaCTBYIOIIME B MEXKJIETOYHBIX KOHTaKTaXx
U B3aMMOJEHCTBUAX, B TOPMOHAJIBHOM OTBETE M CHUCTEMax TpPaHC-
mopra depe3 MeMOpaHy KaK MalblX, TaK M OOJNBIIMX MOJEKYII.
[Mnazmatuueckass MeMOpaHa 4Ype3BBIYAHO dJacTU4Ha, Onaromaps
4eMy XHUBOTHBIE KJIETKH MOTYT JOBOJBHO CUJIBHO U3MEHATH GOpMy
0e3 pa3peIiBa MeMOpaH.

BonbmIMHCTBO pacTUTENHHBIX KJIETOK B OTJIMYHME OT >KUBOTHBIX
HE CIIOCOOHBI UBMEHSTH CBOIO OPMY, TaK KaK UX MEMOpaHbl OKPY-
JK€HBI TOJICTOH, MPOYHONW M MaJIo ynpyroi obomoukoii. Ee Ha3pIBa-
0T KJIETOUYHOW cTeHKOH. CTeHKH MMeroTcsa Takxke y Oakrepuii. bak-
TepuaJbHbIC KIETKH HMEIOT JOBOJIBHO MPOCTYI0 HAapyXHYIO 000-
JI0YKY, COJEPKALIYIO OJVH WIH ABa CIOA.

BayTpu ki1eTkn MeMOpaHbl MOTYT 0Opa30BBIBATh CYOKJIETOUHBIE
YacTUIBl (OpPraHejuibl) pa3IMYHOTO HAa3HAYCHUS. 3aMEeTHUM, YTO
BHEIIHUN BUJ OpPTaHeJlJ HEOAMHAKOB B KJIETKaX Pa3HOTO THIHA.
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Puc. 3. CxemaTndeckoe n300paXkeHHue OpraHei 3yKaprOTHUECKUX
KJIETOK KMBOTHBIX U PACTEHMI Ha OCHOBAaHWH JaHHBIX HJICKTPOHHOM
MHKPOCKOIINHI

K HMM OTHOCSTCS, HAaNpUMep, MUTOXOHAPHUH - CBOCOOpA3HBIE SHEP-
TeTUYEeCKHe CTAaHIMH KJIETKH, CHEeIHaIN3UpOBAaHHBIE Ha OOpa3oBaHUU
AT®. B 3Tux opraHemiax OCYIIECTBIISIIOTCS OKHCIUTEIbHBIE MPEBpPa-
HmieHus: cyocTpaToB, 3aBepuiaroniuecs: oodpazoBanueM AT®D. B opnoit
KIIETKE MOXET COIEPHKATHCA OT HECKOIBKUX IECATKOB JO HECKOJIBKHX
ThICSTY MUTOXOHAPUH. OHM CHIIBHO OTJIMYAIOTCA IO pa3MepaM U o4ep-
TaHu1o0. Yare Bcero MUTOXOHAPUU UMEIOT BUJ HUTEH WU IpaHys (mo-

10



TpPeYecKr MHUTOC-HHTH, a XOHAPHUOH — rpanyna). MHorna onm Halyxa-
10T, mpuodpeTast popmy nyounku. HezaBucumo ot pasmepa u HopmMbl
KaXJ1asi MUTOXOHIIPUSL COAEPKHUT ABE MEMOpaHbl — HAPYKHYIO H BHYT-
penHio0. BHyTpenHsas MeMOpaHa oOpa3yeT CKIaJK{ B BUIE MEPEropo-
JIOK, Ha3bIBAEMBIX KPHCTAaMH, H COACPKUT (EPMEHTHI, YIaCTBYIOLIHE B
TpaHcropTe 1eKTpoHoB U cuHTe3e AT®. IlpocTpaHcTBO, OrpaHUYEH-
HOE ATOW MeMOpaHOH, HOCHT Ha3BaHWE MAaTPUKCA, B HEM MIPOTEKAIOT
MHOTHE METa0OIWIECKHE MPOIEeCChl. MexMeMOpaHHOE TPOCTPAHCTBO
TaKKe COACPKUT CIeHUPUUECKHEe KOMIOHEHTHI, OTJIMYAIOIINE €ro IO
COCTaBy OT IIUTOTLIA3MBI.

Hpyrre cyOKieTOYHBIE OpraHeiulbl — JH30COMBI — IPEICTaBISIOT
co00if OKpYyXEHHBIE MEMOpaHaMH OpPTaHEJUIbl, COJEpKallue HaOop
NPOTEONUTUYECKUX M APYTUX IerpaJallMOHHBIX (DEPMEHTOB, KOTOpHIE
pacIIeIUIIIoT OeIKH, HyKIEWHOBBIE KUCIOTHI, TIOJUCaXapuIsl  APyTHe
coeanHeHus. BemecTBa, 3axBaueHHbIE KJIETKOH IyTeM 3HJ0- WK (aro-
LIUTO32, KOTOpPBIE HEOOXOJUMO PACIICHHUTh, JOCTABISIIOTCS B JIM30COMBI
C TIOMOIIIBIO BE3UKYII - (harocoM. B mu3ocomax MpoMCXOAMT TakkKe pac-
HIEeTIJIeHNEe KOMIIOHEHTOB KJIETKH, OCYIIECTBIISIONIEECS B XOJ€ KJIETOY-
Horo nukia. Copepikaiiecss B IM30coMax (pepMEHTHI CIIOCOOHBI pa3-
pyLIaTh HE TOJBKO UYXKHE BEIIECTBa, HO U caMmy KJIeTKy. Ecimu mpowmc-
XOIUT THOETh KJIETKH, MEeMOpaHBI JM30COM Pa3phIBAIOTCS W 3aITycKa-
I0TCSI IPOLIECCHI aBTOJM3a. B 0OBIYHBIX yCIOBUSX JIM30COMAbHAS MEM-
OpaHa HaJeXHO 3alUIIaeT KIETKY OT BO3IEHCTBUS COOCTBEHHBIX
CMEPTOHOCHBIX ()EPMEHTOB.

@arocomMbl — 3TO KOPOTKOXKMBYIIIME BHYTPUKJIIETOYHbBIE BE3UKYJIBI,
o0Opa3zoBaHHBIE B pe3yibTaTe (arouuTo3a — mpolecca HOrJOLIeHus, 3a-
XBaTa KPYHHBIX YaCTHIl, KOMIUIEKCOB, BILIOTH JO IIENBIX KJIETOK, Ha-
MpUMep, KIETOK OakTepuil. ITOT ImpoIlecc XapaKTepeH TOJIBKO IS Kile-
TOK HEKOTOPBIX THIIOB (ameObl, Makpodarn). [Tocne Tpancnopra daro-
COMBI BHYTPH KJIETKH OHA CIMBAETCS C JIM30COMOM, coaeprkaueii dep-
MEHTHI JIeTpaJjalyH.

[lepoxcrucoMBbI — 3TO OpraHeNsbl, KOTOPbIE COJepkaT OKHCIUTEIb-
Hble ()EpPMEHTHI, yYacTBYIOIIUE B JErpajalliid MajlbIX MOJIEKYJ, TaKuX
KaK aMHHOKHUCIIOTHI, KCAHTHH, XKUPHBIE KUCIOTHL. VX Ha3BaHWE CBA3aHO
C TIPUCYTCTBUEM B HUX KaTayla3bl, KOTOpas pas3jiaraer mepekucu, oopa-
3ylolIecs B KayecTBE MPOAYKTOB OKHCIICHHMS.
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WHoit Bua BHYTPUKIIETOYHBIX MeMOpaH o0pa3yeT Tak Ha3bIBaEMYIO
SHJOTUIA3MATHUECKYIO0 CETh — IIyOOKHe CKIIaJKH, HEMOCPEJACTBEHHO
MPUMBIKAIONINE K ITUIa3MaTHYeCKolW MeMmOpaHe. DTO CIOXKHAas CETh
IACTEPH U TPyOOUEK, KOTOpask 3aHMMAaEeT 3HAYUTEIHHYIO JacTh BHYT-
peHHero o0bema kiaeTku. Ha MeMOpaHax mepoxoBaToro 3HI0IUIa3Ma-
Trdeckoro perukyinyma (OP) pacnonoxkensl pubocoMbl. OH CIYKUT
MECTOM OHOCHHTE3a OEIKOB, KOTOpBIE 3aTEM TPAHCHOPTUPYIOTCH K
MecTy uX (PYHKIMOHHPOBaHHS. Y OaKTepHid, KOTOPHIE HE UMEIOT DH-
JOTUIa3MaTHYECKON CeTH, CUHTE3 OeliKa, O-BUIUMOMY, OCYIIECTBIIS-
eTcs Ha 0COOBIX BBEICTyIAX IIa3MaTudeckoir MemOpansl. Ob6mactu OP,
He cojepkamue prudocoM, Ha3hIBAIOT TWIankuM DP. 3mechk ocymiecTs-
JIeTCs OMOCUHTE3 CTEPOJIOB, TPOUCXOMUT Aecarypaius (oOpa3oBaHue
JIBOMHBIX CBS3€) KUPHBIX KUCIOT. MeMOpaHbl SHAOIIa3MaTHIECKON
CETH BHIMOJHSIOT U JAPYTYIO0 BAXHYIO (YHKIHIO — OHH 00€3BpeXKHBa-
10T BEIIECTBA, MPUCYTCTBUE KOTOPHIX HapyllaeT HOPMaIbHYIO padoTy
KJIETKU. DTOT MIpOLieCC Ha3bIBaeTCsl NETOKCHKalUMed. DTu mpouecchl
BXOJAT B COTJIACOBAHHYIO CHICTEMY TPaHCIIOPTA AJIEKTPOHOB, OCYIIe-
CTBIISIFOIIETOCS TIPH YYACTHH IUTOXPOMOB 05 U Pys50. DHAOIIA3MATH-
YyecKas CeTh KJIETKH HE OJHOPOJHA, a COCTOUT M3 MeMOpaH, pasiu-
YaIONIUXCS TI0 COCTAaBY W BBIMONHIEMBIM (PYHKIUSM, HO 0OBEIUHSse-
MBIX B €IUHYIO CHCTEMY B3aUMOJCHCTBYIOIIHMX APYT C JPYTOM IIPO-
1[ECCOB.

K memOpaHaM 3HAOIUIa3MAaTHYECKON CETH MPUMBIKACT TaK Ha3bIBae-
MBI ammapart ['obIKH, TakKe COCTOSIIAN W3 OTpaHUICHHBIX MeMOpa-
HaMU ITy3BIPHKOB | ITUCTEPH, COOPAHHBIX B CTOMKHU. Ammapat [ oibmKu
BEITIOJTHSET B KJIETKE Y3KO CIICIUAIM3UPOBAaHHBIC, HO BEChMa CYIIECT-
BEHHBIE 3a7aui. b0 3amedeHo, 4To OeNKH, CHHTE3NpOBaHHBIE PHOO-
coMaMu, 4epe3 HECKOJIEKO MUHYT HAaYWHAIOT TIEPEMEINaThCs K amnmapa-
Ty Tompmxu. C IOMOIIBIO 3JIEKTPOHHOIO MUKPOCKOTA yAalioch yCTa-
HOBHTD, YTO OCNIKH B ammapare [ oJb/kH TUIOTHO YIIaKOBaHBI B TPaHy-
JIBL: TaKasl yIIaKOBKA OEIKOB POUCXOIUT IEpe]T X cekpenueii. B amma-
pate ['onbKu MPOUCXOAUT TaKKE CO3PEBAHUE CIIOKHBIX OCIKOB — Ha-
MpUMep, MOCTTPAHCISAIMOHHAS MOAU(UKAIIHS TITHKOIPOTEHHOB, CHHTE-
3UPOBAaHHBIX B DP W mpemHa3HaYeHHBIX IS CEKPEINH, BKIFOYEHHUS B
MIa3MaTHIECKyl0 MEeMOpaHy WM JOCTaBKH B JIM30COMEI. Armmapar
lonbIkM COMEPIKUT TIIMKO3UAA3bl U TIMKO3WITPaHC(hepasbl, KOTOPhIC
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BCTYMNAIOT B JICHCTBUE MOCIEOBATENBHO, [0 MEpe TOro Kak OelloK,
MOJBEpPraeMblii MPOLIECCUHTY, TepeMelaeTcs (BeposSTHO, C MOMOIIBIO
MeMOpaHHBIX BE3WKYJ) OT Hayana amnmapara [onpmku (uuc-o61acTh)
o ero KoHIa (TpaHc-o001acTh). TakuMm o0pa3oM, TIPOCTHIE OSIKHU Tpe-
BpALIAIOTCSl B CIIOKHBIE — TIUKONpOTenHbl. [Ipukpemnsenne k Oenkam
YIJIEBOAHBIX PAAMKAJIOB, MO-BHAUMOMY, OOJIErdaeT MX IMPOXOXKIACHHUE
yepe3 KIeTouHble MeMOpaHbl. B HeKOTOpBIX KieTkax anmnapat [ osbmku
(bopMHpYET TaKKe JTM30COMBI U Jpyrue CyOKJIETOYHbIE YacTHIbL. Ta-
KM 00pa3oM, AeATeNbHOCTh ammnapaTra [oJbIkd cBs3aHa Kak C I0-
CTPOEHHEM KIIETOYHBIX 3JEMEHTOB, TaK U C UX paspyueHueM. Cobiro-
JieHre OajlaHca MeX.y STUMH IPOTHUBOIOJIOXKHO HAIpPaBICHHBIMHU MPO-
eccaMy UCKITIOYUTENBHO BaYKHO IS )KU3HEIESTeIbHOCTH KIICTKH.

Ob6omnouka, OKpyXammas KJIeTOYHOE AP0, COCTOUT U3 JIByX MEM-
OpaH, Hapy>KHOH M BHYTPEHHEH, pa3lesIeHHbIX INPOMEXYTKOM, Ha3bl-
BaeMbBIM IEPUHYKJIEAPHBIM MPOCTPAHCTBOM. JTa MeMOpaHa IpPOUCXO-
JUT U3 DHIOIUIA3MATHYECKOTO PETHKYJIyMa M HEpa3pbIBHO CBsI3aHA C
HUM. SlnepHas meMmOpaHa 3aIIMINAET CBSTOE CBSTHIX KJIETKHU — XPaHH-
JHIE ee TeHETHYECKOM WHPOPMAaIK — OT BPEIHBIX BHEITHUX BO37CH-
crBuil. Hambonee xapakTepHbIMH MOpP(OIOTHUECKHM MNpU3HAKAMH
AIepHON MeMOpaHbI SABJISIIOTCS IOPOOOpa3Hble CTPYKTYpbl. OHH UMEIOT
nuametp okono 600 A. B Tom MecTe, riie pacHosIOKeHbl 9TH CTPYKTY-
pBl, BHYTPEHHSIS U Hapy>KHas siAepHble MeMOpaHbl coenuHsrores. [1o
KpasiM TIOp Hapy>KHas M BHYTPEHHSSI MeMOpaHa sapa CIMBAIOTCS B Of-
Hy oOuryro memOpany. Ilonararor, 9To MOpHI MO3BOJSIOT KOMILIEKCAM
MPHK-6emok mepexonnTs W3 gapa B IHUTOIUIA3My, a PETryJISTOPHBIM
OenkaMm mepememaTtbesi B 0OpaTHOM HAaIlpaBICHUH, U3 IIMTOILIa3MbI B
aapo. Takum oOpazoM, saepHas MeMOpaHa KOHTPOJIMPYET IMEePEeHOC UH-
dopManuy MeXIy SIIPOM M OCTaIBHOW YacThio KiIeTKU. EcTh Takxke
CBeeHHs, 4To MeMmOpaHa oOecrednBaeT dSHeprueil mporeccel, mpoTe-
Kalolye BHYTPH sIpa.

XJI0pOIUTacTHl — 3TO OPTaHEeIUIbI, coaepKamue (POTOCHHTETUIECKHI
anmapat. OHU XapaKTepHBI AJsl PACTEHUH ¥ HEKOTOPBIX MUKPOOPTaHH3-
MoB. HapyskHast 0060yi0uka XJIOpPOIUIaCTOB 00pa3yercsl AByMsI MeMOpa-
HaMH, a BHyTPEHHSS 00JIaCTh COCTaBIsET CTpoMy. B cTpome HaxonsaTcs
TUJIAKOHJHBIE MEMOpaHbI, TJIe JIOKAIN30BAHbI KOMIOHEHTHI CHCTEMBI
¢orocunHTe3a. Ha 0TaenbHBIX yuyacTKax TUIIAKOMIHbIE MEMOpaHbI IJI0T-
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HO yIaKOBaHbI B CTOIKH, a Ha JPYTUX — 00paIieHbl HeMOCPEICTBEHHO K
ctpome. CocTaB MJIOTHO YNIAKOBAHHBIX M OOPALICHHBIX B CTPOMY JIOMe-
HOB THJIAKOMJHOW MeMOpaHbl Pa3iMyeH, YTO YKa3blBaeT Ha pasiuyue
ux pyHKINH.

Bce kierounble MeMOpaHbI IPEJICTABISIOT YAUBUTEIbHBIC OHOIOTH-
yeckre KOHCTpYKUUH. OHU OTIMYAIOTCS MUCKIIOUUTEIbHON TOHKOCTBIO,
Opu 3TOM 00JaJaroT BBICOKOH NPOYHOCTHIO Ha Pa3pbIB, yCTOWYHBO-
CTBIO U THOKOCTBIO, @ 110 JIEKTPOU3OJISIIIMOHHBIM CBOHCTBAM IIPEBOCXO-
JSIT MHOTHE M30JIIIUOHHBIE MaTepHalibl, IpUMEHsieMble B TexHuke. O0-
mas Ioags MeMOpaH B OpraHax M TKaHAX OPraHU3Ma JOCTUIAET Or-
POMHBIX pa3mepoB. [ledeHb KPBICHI BECHUT BCEro 6 T, CyMMapHas ke
TUIOIIA/b €€ KJIETOUYHBIX MEMOpaH COCTaBISET HECKOJIBKO COTEH KBa-
paTHBIX METpoB. B 3HOOMIAa3MaTHYECKOH CETM NEYeHW Ha KaKIbIi
MHJLIArpaMM Oelka mpuxomutes 0,5 M* MeMOpaH.
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3. BUOJIO'NYECKUE @ YHKIIMN MEMBPAH

Hecmotps Ha MHOTOOOpa3ue pa3IuYHbIX THIIOB KJIETOK, UX MeMOpa-
HBI BBIIOJTHSIOT oOmue ouonorunyeckue (GyHkuuu. IIpexkae Bcero oHu
OTIPaHHYMBAIOT XMBOE OT HEXKMBOTIO. boiee TOro, oHH OpPraHU3YIOT
BHYTPH KJIETKH KOMIIAPTMEHTHI C Pa3IMYHBIMH cBolicTBaMu. C HX MO-
MOLIBbIO MPOUCXOANUT OTHEJICHHE COAECPKUMOTO KOMIIAPTMEHTOB OT OK-
pyXxaromiei ux cpeasl. B kaxxnom komMmapTMeHTe MeMOpaHbl o0eciiedu-
BAaIOT COXpaHEHHUEe CreNuPHIECKUX HUINKO-XUMHIUECKHX ycnoBuii. [1o-
3TOMY 10 00€ CTOPOHBI MEMOpPaHBI TAaKUE YCIOBUS CPEllbl KaK KHCIOT-
HOCTb, KOHLIECHTPALUSI PACTBOPEHHBIX BEILECTB, INEKTPUICCKUIN [TOTEH-
[MaJ, Kak MpaBuIo, He OJTMHAKOBBI.

Onnako MeMOpaHbl HE TOJNBKO PAa3leNIIOT KIETKY Ha OTAEJbHBIC
KOMITaPTMEHTBI, HO ¥ YYaCTBYIOT B PEryJILIHA METa0ONNYECKUX CUTHA-
JIOB, KOTOPBIE MEPENA0TC MEXAY HAPYKHOM U BHYTpEHHEH CTOpOHa-
MU 3TUX KOMIIAPTMEHTOB. DTO MOXET MPOSIBIATHCA B BUe puzndecko-
ro mepeHoca MOHOB WIIM MOJIEKYJ yepe3 MeMOpaHy WM MPH MOMOIIA
KOH(OPMAIIMOHHBIX U3MEHEHHUH, MHAYLUPYEMBIX B MEMOPAaHHBIX KOM-
noHeHTax. TakuM o0Opa3oM, MeMOpaHbl KOHTPOJIUPYIOT MPOHUKHOBE-
HHE B KJIETKY M BBIXOJ U3 Hee MeTabonnToB. C moMOoIIbio MeMOpaHHBIX
PEeLEenTOPOB OHHU PEarupyroT Ha BHEIIHUE CUTHAJIBI M TPAHC(HOPMUPYIOT
UX, TO €CTh CIIOCOOHBI KIIaCCU(UIIMPOBATh U NU30MPATEIBHO MOJIYIIUPO-
BaTh WX (YCWJIMBATh Ba)KHbIE M CHIKATh JJO YPOBHS IIYMOB BTOpPOCTE-
NICHHBIE), TepenaBas BHYTPb KIETKH CYLIECTBEHHYIO WH(OPMAIHIO.
MeMOpaHbl CHIOCOOHBI OOecredYnBaTh O0pa3oBaHHE W TOMIICPIKAHUC
Pa3HOCTH TOTCHINAJIOB, a TAKXKE TPAHCIIOPTUPOBATH MEMOPAHHBIH TIO-
TEHLXAN BIOJIb 110 MEMOPaHHBIM WHIYKTOPaM, MO3BOJISISI HCIIOIb30BATh
3TOT creun(pUIECKUil BUJ SHEPTUHU B Pa3HbIX YACTSIX KJICTKH.

Kpome Toro, ¢ memOpanamu cBs3aHO (DYHKITMOHHPOBAHHUE MHOTHX
KJIETOUHBIX (hepMeHTOB. MeMOpaHbl OKa3bIBAIOT OOJBILIOE BIUSHHUE Ha
MPOLIECCHI, MPOTEKAIOUINEe BHYTPU KIETKH, U3MEHSAS MX aKTHBHOCTb.
Hexoropsie (hepMeHTHI aKTHBHBI TOJILKO TOTJIA, KOT/Ia OHH MPHKPETLIe-
HBI K MeMOpaHe; JIpyrue, Ha00OpOT, B 3TOM COCTOSIHUU HE MPOSBIISIIOT
AKTUBHOCTU M HAYMHAIOT JEWCTBOBATH JIMIIb IOCIE OTLIECTJICHUS X H
BBIXOJa B uTOIuiazMy. Ilo3ToMy BakKHBIM CBOWCTBOM MEMOpaH SIBIIS-
eTcsl CIOCOOHOCTh CO3/IaBATh CHEINHANBHYIO CpEeLy IS 3alIUThl THIPO-
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(oOHBIX OETIKOB OT BOJHOW aTaku M obecriedeHns nux pyHKIUH, TO ecTh
B MeMOpaHe CO3Jal0TCs CHEeIUAbHBIE YCIOBHS AT MMPOTEKAHUS peak-
LU, OCyLIeCTBIAEMBIX THAPOPOOHBIMU OenkamMu. ORHOBPEMEHHO
MeMOpaHHbIe JIMIHIBI OCYIIECTBISIOT KOHTPOJIb 32 B3aHMOJICHCTBHEM
MEXIY OTIACTBHBIMH OeTKaMHU, MOTPYKEHHBIMH B MEMOPaHHYIO TOJIIILY.
Hexortopsie ¢pepMeHTH 00pa3yroT cBoeoOpa3Hble MeMOpaHHbIE aHCaMO-
JIM, KOTOPBIE OCYIIECTBISIFOT IIETIh ITOCIIEOBATENbHBIX PEBpPAIIeHUN
MMEHHO OJarojapsi TOMy, 4TO MX KOMIIOHEHTHl OOBEAMHEHBI OOITHO-
CThIO JIOKAIM3AIMU, OPraHu30BaHbl MeMOpaHoii. biaromaps atomy 00-
CTOATENBCTBY TOBHIMAETCS 3(PPEKTHBHOCT, CYMMapHOTO TIpoIiecca.
Nmerotcst (epMEHTHI, KOTOpBIE, JCHCTBYsS Ha MEMOpaHOCBSI3aHHBIC
CcyOCTpaThl, y4aCTBYIOT TEM CaMbIM B OMOCHUHTE3€¢ MEMOpaH.

C yyactuem MeMOpaH B TOH WM WHOH CTENEHU OCYLIECTBIISETCS
OOJBIIMHCTBO XKU3HEHHO BAXKHBIX (DYHKIWH, HAITPUMEp, MPOTEKAIOT Ta-
KM€ pa3Hble Mpollecchl, Kak peruiukanus mnpokapuotuueckoit JHK,
OrocuHTe3 OENKOB U MX CEKpeLus, OM0IHEpreTHIECKUe MPEeBpalleHus,
a Takke (PyHKIMOHHPOBAaHWE CHCTEM TOPMOHAIBHOTO OTBeTa. BaxkHas
cTopoHa (ePMEHTATHUBHOU JEATEIHPHOCTH MEMOpPaH CBsI3aHA C KOOP/IH-
HallMeil MHOXXECTBA XMMUYECKUX PEaKIUi, MPOTEKAIIINX B KIETKE.
Jlnst aToro MeMOpaHbl OOBEIUHSIOT pPa3iINdHbIe PepMEHTHI B CIUHBIN
KOHBeiiep, B KOTOPOM KaXKJIbli (DEpMEHT AEHWCTBYET B CTPOTOM COOTBET-
CTBHH C OCTaIbHBIMHU.

MeMOpaHBl y4acTBYIOT BO B3aMMOJICHCTBUH KJIETOK CO Cpemoil. 1o
CBOWCTBO JIGKUT B OCHOBE OOECIICUCHHS CIEU(PUKNA MEKKIETOUHBIX
KOHTAaKTOB U MMMYHOJIOTHYECKHX OTBeTOB. KileTku y3HaroT cebe mo-
JOOHBIX, BCTYMAIOT C HUIMU B KOHTAaKT, NMEPEat0T pa3HOOOpa3HylO WH-
dbopmanmro. Ecii n3MeNnbuuTh SMOPHOHBI aM(pUOHH 10 COCTOSHUS CBO-
OOIIHBIX KJIETOK W IIepeMEIIaTh WX, MOKHO HAOIONaTh, 9TO depe3 He-
KOTOpOE BpeMs KJIETKH CaMOIMPOHM3BOJBHO HAYMHAIOT «COPTHPOBATH-
CSI»: POACTBEHHbIE KJIETKH OOBEAMHSIOTCS B IUIACTHI, JAIOIINME HAYalo
TKaHSIM, U, B KOHIIE KOHIIOB, BHOBb 00OPa3yIOTCsl CTPYKTYpBhI, HAITOMH-
Haronye SMOpHOH. DTa TNopa3uTenbHas CHOCOOHOCTh KJIETOK, Heco-
MHEHHO, 3aBUCHT OT CBOWCTB HAPYXHBIX KJIETOYHBIX MEMOpPaH, UX CIIO-
coOHOCTH y3HaBaTh cebe MOA0OHBIX. biarogaps 5ToMy CBONCTBY KieT-
KU CIIOCOOHBI CO3/IaBaTh TKAHU, OPTaHbl U CAMU OPTaHU3MBI.
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BonpmmmaCTBO MEMOpaH, KpoMe 3THX 00ImUX (QYHKINH, BBITTOIHIIOT
u cnenuanbHele QyHkouu. Hampumep, MeMOpaHbl MUTOXOHAPHHA H
XJIOPOIUIACTOB 3€JEHBIX PACTEHHH OCYIIECTBIIOT TpaHc(OopManuio
dHepruu. MeMOpaHbl, pacIioJIOKEHHbIE B CTCHKAX KUIIEYHUKA, BBIOJ-
HSIOT (DYHKIWH, CBA3aHHBIE C MPOIecCaMH PUCTEHOYHOTO MUIeBape-
HUs. MeMOpaHbl HEPBHBIX KJIETOK TEHEPUPYIOT JJIEKTPHUECKHE HM-
nynbebl. HekoTopble KeTKM, Hampumep, MNaJOYKd CETYAaTKH IJ1a3a,
MMEIOT BBICOKOCIIEIIMATN3NPOBAHHBIE MEMOpPaHbI, MO3BOJIIONINE BHI-
MOJHATH YHUKalbHbIe (QyHKIMHA. MeMOpaHbl MBIIMIEYHBIX KIETOK yua-
CTBYIOT B MHMLMALMU ¥ PETyJsiNUM cokpaiieHus. KieTtku opraHos
YYBCTB COJEPKAT CICIHATN3NPOBAHHBIE MEMOpPaHbI, TPeoOpas3yommme
SHEpPIHI0 CBETA M 3BYKa B AJIEKTPUUECKUE HMMITYJIbCHI U TEpeaarolie
LEHTPaJbHON HEpBHOM cucTeMe WHPOPMAIUIO O 3amaxax, U3MEHEHHUX
TEMIIEPaTypPhl U JaBICHHUS.
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4. COCTAB BUOJIOI'NYECKUX MEMBPAH

B cocrtaB Ouonmormuecknx MeMOpaH BXOMSAT NMPEACTaBUTEIH TpeX
KJIaCCOB BEIECTB, 0OMEH KOTOPBIX COCTaBISIET OCHOBY MeTaOoiu3Ma:
9TO O€TKH, KUPbI (JIUMUIB) U yTiIeBoAbl. B BecoBoM oTHOmEHNH Oel-
ku coctaBisaioT 40—-60%, corimacHo HEKOTOPHIM HaHHBIM OT 20% 10
80%, ocTanpHOE NPUXOAUTCS Ha JOJI0 JUMHIOB. YacTe yrieBoaos
IpeAcTaBiieHa CBOOOAHBIMU OJIUTOCaXxapHIaMHy, a 4acThb BXOAUT B CO-
CTaB CIIOKHBIX JIMMTUAIOB (TITUKOIUTIU/IBI) UITH CIIOKHBIX OEIKOB (TJIMKO-
nporeuabl). benkoBelil coctaB MeMOpaH upe3BBIUAiHO pa3HOOOpaseH,
OH B 3HAYUTENIBHOH Mepe OmpenenseT cBOoiicTBa MeMOpaH U ux (yHK-
[MUOHABHYIO aKTHBHOCTh. MeMOpaHHbIe OENKH, KaK MPaBUIO, MOYTH
HE OTJIMYAIOTCA OT PACTBOPHMBIX 10 KOJHUYECTBY BXOISIINX B HUX THI-
pohoOHBIX aMHUHOKHCIOT. OAHAKO 3TH THAPO(GOOHBIE aMUHOKHUCIOTHI
CTPYIIIMPOBaHbBl B MEMOpPaHHBIX O€NKax B PsSA JOMEHOB TaK, YTO T'MI-
POMUIBHBIX TPYMI MENTHIHON LENH HEeIOCTaeT A MX MAaCKUPOBKH.
Taxue Oenku He aKTHUBHBI BHE THIPOPOOHOTO OKpyKeHHs. MeMOpaHsI
NPEAOCTABIISIIOT UM BO3MOKHOCTh CTaOMJIN3UPOBATh CBOIO CTPYKTYPY H
HOPMAaJIbHO (PYHKIIHOHHPOBATb.

4.1. MEMBPAHHBIE JINITH/IbI

4.1.1. QOCOOJIUITH]IBL, TTTHKOJIUTIH]IBI, CTEPOH/IBI

JIMnmuap! KIETOYHBIX CTPYKTYP 3YKApUOTHYECKUX KIIETOK IPECTaB-
JICHBI 3 OCHOBHBIMM TpymmaMu: (pochOIUIUABI, TIIMKOJIUIUABI U CTe-
pounsl. Pacnipoctpanenue u cBotictBa dhochonunuaoB u3y4eHsl Hanbo-
Jiee ETaIbHO.

Dochoaunuabl TOIPA3ACIAIOTCS HA 2 TPYNIIBL: eauyepogocgonu-
nuovt (npousBoaHble (ocdaTtunHOr KHCIOTH — (ochHaTHIUIKONNH,
dbochaTuammTanoaMuH, GochaTuamiceprd, (GpochaTHIUIHHOZNT) U
chuneogpocghorunudst (IPOU3BOHEIE TIEpaMUIa, CHUHTOMUCTIHBI).

I'muuepodochonunuapl mMpeacTaBiIsioT coboil Mpou3BoAHbBIE (oc-
(daTUIHOW KHUCIOTBL, K THAPOKCHWIY (GocOopHO KHCIOTHI KOTOPOWM
CIIOKHOX(UPHOH CBS3BIO MPUCOSAMHEH pamukan X (puc. 4., tadim. 1),
rae R1 u R2 — anunbHbIe OCTaTKU KUPHBIX KUCIOT, cofepskamux oT 12
no 18 atoMoB yriiepoza (Kak MpaBwiio, Y€THOE KOJIMYECTBO).
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B HazBamma docdomumnu-
J0B, MOTCpPABHIMX OAHY U3
IBYX AaUWIbHBIX LENel, BBO-
JIUTCS TIPUCTaBKaA <«J1n30». JIu-
30¢ochonunuasl  0OHAPYKHU-
BalOTCI B MeMOpaHax B He-
OonpIIMX KOJIMYECTBAX — IO-
SABJICHUE 3TUX BCUICCTB IIPUBO-
JUT K HAPYLICHUIO CTPYKTYPBI
O1CII0s U TU3UCY KIIETOK.

H H H 0.

Puc. 4. CxemaTtndeckoe cTpoeHHE

MOJIEKy (HOCOTUIUIOB

Tabmmma 1. Knaccudukarmst pocdomummaoB oCcymecTBIsIeTCS
0 CTPYKTYPE MOJISIPHBIX PaJUKAIIOB

Pamuxan 1,2-guammndocdaruanoit

'—OCH,—CH,—NH
-_OCHz—c‘H_coo-

N
—O—CH—CH—CO0O0-

[
CH, NHj

—OCH,—CH—CH,

.. |
OH OH
OH OH

OH
BT

OH

KHCIIOTBI, X Docdomumun
_OH (docharuanas Kuciora
: / CH,
—OCH,—CH,—* N—CH, (docharuamIxouH (JJEUUTHH)
\CH;

(hochaTranmTaHONAMUH (Ke(aTH)

dochaTuauncepun

dochatumunTpeoHnH

dochaTuanrUIeprH

dochaTrauTHOZUTON
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XapaKTepI/ICTI/IKa JIMIIUAHOI'0 COoCTaBa HEKOTOPBIX MeM6paH JKHUBOT-
HBIX MIpeJicTaBieHa HIKe (Tadm. 2).

BuaHo, 4TO OCHOBHBIMH JIMITMAAMH MEMOpaH >KUBOTHBIX KIJIETOK SIB-
nstoTes Taunepodochonmunuapl: pochatnamaxonuH 1 GochaTuan-
taHonmaMuH. CTpykTypa dochaTHINIKOINHA TPEACcTaBIeHa HA PUC 5.

HauGonee uacto BcTpeuarommecs (GochOIMIUABI HOCTPOEHBI IO
eIMHOMY IUIaHy, UX MOJIEKYJBl CTEPUYECKH XOPOIIO COOTBETCTBYIOT
IpyT ApyTy. B To ke Bpems, orpoMHOe pa3zHooOpasue (ochomummmos
oOecrieunBaeTcs pa3IniyueMm KUPHBIX KHUCJIIOT, KOTOPBLIC BXOIAT B CO-
CTaB MX MOJIEKYJ. Tak, eCTh HECKOJBKO IECSATKOB HMPHUPOIHBIX BHUIIOB
dbochaTuamIxoIuHa, TpUYeM TUONEHI(POCHATHINIXONHH CHIBHO OT-
JIMYaeTcs 0 CBOMM CBOMCTBaM OT ILI/IHaJ]I)MI/ITOI/IJ'I(bOC(baTI/IILI/IHXOHI/IHa.

Tabnuua 2. JIMOMHBIA COCTAaB HEKOTOPBIX OMOIOrHYecKuX MeMOpaH
(B % oT 00111€T0 NX KOJIMYECTBA)

Ty Mctoseta | enonexa | cepma oaa[E°O
®docharumHas Kkuciaora 1,5 0,5 0,0 0
DochaTHarITXOTHH 19,0 10,0 39,0
docharuarsTaHOIAMIH 18,0 20,0 217,0. 66
Docharumrarepon 0,0 0,0 0,0 18
DocharnmMHO3HT 1,0 1,0 7,0
DocharumcepuH 8,5 8,5 0,5
Kapauomunun 0,0 0,0 22,5 12
ChuHroMuenmu 17,5 8,5 0,0
I'mukoaumu s 10,0 26,0 0,0
Xonecreporn 25,0 26,0 3,0

Cy1iecTByeT HECKOJIBKO TPyl (hOCQOIUITHIOB, OTIUIAIOIUXCS OT
MpUBENIEHHBIX B Ta0Onwmie 1 mo cBoeMy cTpoeHwnto: 1) mia3ManoreHsl, 2)
JTonbHbIe pochonunuabl U 3) qudochaTHAUITIUICPHUIbL.

B monekyne rurazmanorena mepseiid yriepos raunepuHa (C,) BMme-
CTO alMIIFHOW TPYIIBI pucoeauHser anpaerun (puc. 4). Pagukan X B
TUIA3MaJIOreHax MBI TIPEICTaBICH XOJIMHOM, B IDIA3MaJIOreHax Mo3ra —
CEepPUHOM WJIU 3TAaHOJTAMHUHOM.
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Huonbuble dochomumuast e

XapaKTePU3YIOTCI TEM, YTO H,C’Né;c“’ !
BMECTO TJIMILEPUHA B COCTaBe 0=p/ o

WX  MOJIEKYJd  COJAepX aTcs d.”
JIBYXaTOMHBIE€ CIIHUPTHI: 3TH- N
JICHTJIUKONIb WJIM TPOTIaH/IH- o s

0JI; 3TO OJHOIEIIOYEUHBIE JIH-

nugel. [lo  ¢u3mko-xmmude- 2
CKHM CBOMCTBaM, HalpuUMeEp ’LLL‘
pPacTBOPUMOCTH,  JIHOJbHBIE CHs
GochonMmuIsl HATOMHHAIOT Ciy

mu30popMbl - GochonunuIoB.
B OTHOWmIEHHH KJIETOYHBIX
MeMOpaH OHHM o0jamarT 00-
Jee CUIILHOM paspylmialomed A — crpykrypHas Qopmyna, b—cre-
CMOCOOHOCTBIO, YEM JIM30Jie-  PEOKOHQHIypamust  MOJCKYIsl B
HUTHH. B MajbIX 703aX OHM  IPOCTPaHCTBE; | — mossipHas royosa, 2 —
HE MOBPEXKAAIOT MeMOpaHy, a  UeMM  JKHPHBIX  kucnor.  JKupho-
JIUIIb U3MEHSIOT ee cBoiicTpa, ~ KUCIOTHRIM - palHkal — BO — BTOPOM
HATIpHMep, TOBHIAIOT TMPO- TIOJIO>KEHHH TIPEICTaBIIEH yuc-(HOPMOH.
HUI[AEMOCTEL I HEOOIBIINX
MOJICKYJI U UOHOB. B OOJIBIINX /103aX OHU BBI3BIBAIOT T'EMOJIU3 IPUT-
POIIMTOB, CHUXAIOT PEIENIUI0 aleTHIX0JINHA, MOIUDHIHPYIOT
UMMYHHBIe peakinuu. [10-BUIUMOMY, HEKOTOPHIC KIETKU HCIOIb3Y-
0T 3TO CBOHMCTBO — HAYMHAIOT UHTEHCUBHO CHHTE3UPOBATH JHOJIb-
HBIC JTUMUABI B IEPHUOA OBICTPOTO POCTa U MPEKPAIIAIOT UX 00pa3o-
BaHHE, KOTJa KJIETOYHBIH POCT 3aMeyIsieTcs. BO3MOXHO, 3TO CBS-
3aHO C TE€M, YTO B IEPHOJ POCTa KJICTOK MX MEMOpaHBI JOJKHBI
O66ITH Oosiee aOWIbHBIMH. OHH NMPUCYTCTBYIOT B BHJE HE3HAYHM-
TENBHBIX MPUMECEeH B OpraHax W TKaHIX, XapaKTePU3YIOIIUXCS
YCHJICHHOW aKTHBHOCTBIO (CO3peBaHME CEeMSH, percHepaius rnede-
HU U T.1.).

buonoruueckoe AeHcTBHE TUONBHBIX (HOCHOTUMUIOB OCHOBAHO HA
WX CIIOCOOHOCTH MOIU(HUIIMPOBATh CTPYKTYpPY MeMOpaHbl. JIFoOombIT-
HO, YTO CYIIECTBYIOT OpraHU3Mbl, KOTOPBIM HE CTPAIIHbI BRICOKHE KOH-
[EHTPAIMH JAUOJBHBIX JUIMHA0B. KIIETKH MOPCKHX 3BE37, HAIpuMep,

Puc. 5. Ctpoenue
dochaTuauIxoIMHa
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0 MOT'yT HaKaIluIMBaTb OY€Hb MHOI'O IMOJIOB

5 1\1 o 0e3 Bpema Jais MX COOCTBCHHBIX MeEM-
iF:‘_U D"‘”i OpaH, XOTsI MEXaHW3M 3alllUThl KJIETOY-
Ly a HBIX MEMOpaH OT 3THX COEIWHEHHH He

gT\u o 9 M3BECTEH.
0=t ¢=0 0= \B =0 HudochaTuaunriunepuasl — Hau-
< 0oyiee IHPOKO PpacHpPOCTPAHEHHBIM
MpeacTaBuTeNIeM 3ToH rpynmsl hocdo-

JIMTIUJIOB SIBJISETCS KapAMOJUIHNH — He-
MPEMEHHBII KOMIIOHEHT MHUTOXOHJPHU-
aJbHBIX MeMOpPaH, BBIICIICHHBIN MEPBO-
Ha4yajlbHO M3 CEpAEYHON  MBIIILbI
(puc. 6).

Kak ymomuHanocek Bele, KpoMe TIH-
uepodocdonununos B rpynmy gpocdonn-
MU0B BXOAST W CHUHTOIUIHIBI, KOTO-
pBIe MOXKHO TPEICTaBUTh KaK MPOM3BOJI-
HBIe epaMuaa (KUPHOKHCIOTHOTO 3(u-
pa HEeHaCHIILIEHHOTO aMUHOCTIHPTa CHUH-
rosuHa) W MoHO(ochOpHBIX 3hUPOB
{H, crupToB. B ciydae Hambosee pacmpo-
CTpaHEHHOTO CUHroNMnmuaa — CQUHTO-
MUENMHA TakuM 3¢GupoM sBisercs Qoc-
dhopuxoauH (puc. 7).

CouHroMHenMH  CONEpPXKHUTCA B
OOJIBIIUX KOJIUYECTBAX B OEJIOM BEHIECTBE MO3Ta, B MHUEIWHOBBIX
000JI09YKaxX HEPBHBIX CTBOJOB. JKUpHBIE KHUCIOTHI, BXOISIINE B €TO
COCTaB, — JNIMHHOLIENIOYEYHbIE U COAEPKAT MaJlo JIBOUHBIX CBA3EH.
OO0b1yHO 3TO JurHonepuHoBas Cpy.o ¥ HeBpoHOBas Cy4.) KHCIOTHI.
B cepom BemectBe Mo3ra 10 70% >KUPHBIX KHCIOT COUHTOMHUEIHU-
Ha IpeACTaBIEHO CTeapuHOBOI KHUCIOTOH C g.0.

I'imkoaunuabl KIETOYHBIX MEMOpaH - TIIMKO3HIBHBIE MPOU3-
BOJHBIC [IepaMua, MPeJCTaBIEHbl Lepedpo3uaamMu, cyiabhaTuiaMmu
¥ ra"armmosugamMu (puc. 8). B rimmkomunmumax ruapodoOHas 4acTh
npeacraBieHa nepamMuaoM. ['uapodunpHas rpymnmna — yrieBOIHBIN
OCTaTOK, MPUCOEIUHEHHBIH TIMKO3UIHOW CBA3BIO K THUIAPOKCHUIIb-

H
i CHy

Puc. 6. CtpykrypHas
(hopmyna KapIHONIUIIFHA
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HOW rpymnmne y HOepBoro yrie-
poaHOTO aToMa Lepamuaa (puc.

9). B 3aBHCHMOCTH OT JUIMHBI H
CTPOEHUSA VYIJIE€BOJHOW YacTu
pasnuyarT 1epedpo3unabl, co- e —————
JlepKaliue MOHO- WJIM OJIUTO- ‘I
caxapuIHBIH OCTAaTOK, W TaHT- ll
nuo3unpl, kK OH-rpynme xorto-
PBIX TPHUCOETUHEH CIOXXHBIH,
Pa3BETBJIEHHBIN OJNIMTOCAaXapu/l,
N-anerunHeipaMHUHOBYIO  KHU-
cioty (puc. 8).

['mukomunuaer B GoNbIIOM
KOJIMYECTBE TPHUCYTCTBYIOT B
MeMOpaHax MuenuHa. [lpupo-
HOW  ¢yHKUMEeH MeMOpaHHBIX
TaHTJIMO3UIOB SIBJISIETCS ydacTHe
B nu¢dhepeHnrnpoBKe HEMPOHAIb-
HOM TKaHM, TAHTJIMO3U]IBI JPYTHX
KIETOK - JUM(OIMTOB, OmIpere-
JISTIOT BUAOCTICITU(UIHOCTD U pe-
TYJIUPYIOT MEXKKIETOUHBIE KOH-
TaKTHI.

HakammBaercss Bce Oombiie
(haKTOB, XapaKTEPU3YIOIMHUX POIh
pa3IMYHBIX  TIUKOIUIHUIOB B
(GYHKIIME MMMYHOKOMITETEHTHOM
cucTeMbl oprarm3Ma. [Ipu ompeneeHHBIX COCTOSHUSAX OpraHu3Ma He-
KOTOPBIE TAHTJIMO3UIBI MOTYT SIBJISITHCSI MOy IATOPAaMH UMMYHHOTO OT-
BeTa.

CTtepouabl — CIIUPTH CO CTEPAHOBEIM CKEJIETOM, K KOTOPBIM OT-
HOCSITCS KaK HeMEeMOpaHHbIe TUMUBI (M3 HUX HauOoJiee BaXKHBI TOp-
MOHBI), TaK U KOMIIOHEHTHl MeMOpaH. B mepedueHbr MeMOpaHHBIX
KOMITOHEHTOB CTE€POHJIHOTO psAJa BXOIAT XOJIECTEPHUH, CHUTOCTEPHH,
TeTpaXUMEHUH. B TKaHAX J>XUBOTHBIX PACIPOCTPAHEH XOJIECTEPHH.

CuHz03UH

CHy

r—-——-——-—-—*—“—-—-——-—-#

HyC
oneurnobas xucroma

Puc. 7. Ctpykrypa chuHromMuenraa
(uepamuapochoprITXouHa)

[TyaxTupoM oOBeneHa COHUHTO3HMHOBAS
TpYyNIHPOBKA.
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CH, CH,
| |
H—C NH H—C NH
|
H~—~C-—~O0H | C=0 H—C—QOH | C=0
— | |
H(": CH, HC CH,
l l [
(liH CH, (I;H CH,
| |
R, R, R, R,
Anntrsie AnntHbie
anudaTuueckue anuaruyeckue
uenun uenun
Liepepoana (ranakrouepebpoana) Fanrnuoaun

Puc. 8. 'ukomummasr —
1epeOpO3UIBI U TAHTIIMO3H/IBI

Gal — ramakrosa, Glc — rimoko3a, NANA —
N-anerTunHelipaMUHOBAas

MH aToMOB yriepona (puc. 10).

B pactuTenpHBIX KIETKax
XOJIECTEPUH HE OOHApyXKEH,
€ro 3aMeHSIOT (QUTOCTEPHU-
HbI. Y OakTepuil CTEepOHIbI
OTCYTCTBYIOT.

Xomectepun U ero 3¢u-
PBl — HENPEMEHHBIE COCTaB-
JAIONME  UIa3MaTHYeCKUX
MeMOpaH KJIETOK JKUBOTHBIX.
IIpu 3TOM XOJEcTepuH Jierde
BCTpanBaeTcsi B MeMmOpaHy,
gyeM ero a¢upsl (puc. 10).

Mornekyna xoJiecTepuHa
HE COJEPXHT UIMHHBIX Hps-
MBIX IIETIOYEK, a COCTOUT M3
4eThIpeX KoJel; KpaiiHee
HIECTUYWICHHOE KOJIBIO CO-
€IMHEHO C MOJIIPHOU TUApO-
keunpHO# rpymnmoit (OH), a
HaunboJiee OTJAIIEHHOE OT He-
ro MATHWIEHHOE KOJBIO — C
Pa3BETBIECHHON YyIJIEBOJO-
POIHON LIEMOYKOM U3 BOCh-

Takum 00pazom, MOJIEKYJIBI XOJECTEPHHA, KaK U IPYTHe JINMUIHbIE
MOJIEKYJIbI, IMEIOT MOJIAPHYIO TOJIOBY M BBITSHYTYIO B JUIMHY HETOJISp-
HYI0 9acTb. [103TOMy OHM XOpOIIO BCTpAanBarOTCs B OUCIONWHBIE TUMH-
HBIE CTPYKTYpHI, oOpa3yrommue Kierounsie MemOpansl (puc. 10). Ilpu
oOpa3zoBannu d(QUPOB XOJNECTepHHA (Yepe3 THAPOKCHIbHYIO TPYIITY)
CBSI3b MOJICKYJIBI C OuCiioeM ocnalseTcs, YTo 00JierdaeT ero BhITeCHe-

HUE U3 MEMOPaHEHI.

OCo0CHHO MHOTO XOJIECTEPOJIa COJACPIKUTCS B HAPYIKHBIX MeMOpa-
Hax. Hampumep, B 1muiazmMaTtudeckoii MeMOpaHe KJIETOK MEYEHU XOlle-
cTepuH cocTaBisieT okoio 30% Bcex MeMOpaHHBIX JIMITHIOB.
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yepamud

—— . —— ——— —— s ——————— —

2%:0
{nuznoyeputioban
! CQUHZOIUH Kucnoma)

Puc. 9. Crpykrypa riukoannuioB — nepedposuna (A) u
nepedpo3uncyibdara (b)

[TynkTHpOM 00BEIEHBI paANKAIIBI COUHTO3MHA H [IepaMua.

4.1.2. POJIb XOJIECTEPHHA B FUOJIOTHYECKUX MEMBPAHAX

Bruto MOKa3aHo, YTO XOJECTEPHH BIUSAET HA MOJBUKHOCTD KUPHO-
KHCJIOTHBIX XBOCTOB MEMOpPaHHBIX JIMMTUA0B. Ecii MeMOpaHa CIIUIIKOM
pUTHIHA U CYIIECTBYET OINACHOCTh «3aCTBIBAHUSA» KUPHOKHCIOTHBIX
LIETeH, XONEeCTEPHUH BBI3BIBAET €€ Pa3KMKEHUE, IOCKOJIBKY IIETH B €T0
MPUCYTCTBHH CTaHOBATCSA Oojee MOABIWKHBIMU. Ecnmu ke MemOpaHa
CIIMIIIKOM (OKHIKas», TO XOJECTEPUH €€ YIUIOTHSAET. Takum obpazom,
XOJIECTEPOJ UTPAET POJIb PETYITOPA, 00ECIICUNBAIOIIETO NPABHUIEHYIO
YIaKOBKY JUMHUIHOW YacTH MeMOpaHbl, HEOOXOIMMYIO Ui €€ HOp-
MaNbHOI paboThl. J{7I MyTaHTHBIX KJIETOK, KOTOpPBbIE HE MOTYT CHHTe-
3MpOBaTh XOJECTEPOJ, HEOOXOIUMO €ro MPHUCYTCTBHE B KYJbTYpallb-
Hol cpene. B ero orcyTcTBUM MeMOpaHbl OBICTPO Pa3pyIIAtOTCS.
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Puc. 10. CtpykrypHas Gpopmyna xonectepuna (A), ¥ €ro ynakoBKa B

OnvH 13 BO3MOXHBIX CIIOCOOOB B3aMMHOM YKIIIKU MOJEKYJ (hoc-
¢donmununa u xonectepuHa nokazan Ha puc. 11. [Ipeanonaraercs, uto
HETOJISIPHBIC 1[EMH MOJIEKYJIbI JCIIUTHHA BBITSHYTHI, a €€ MOJIApHAas Io-
JIOBKa W3rubaercs TakK, 4TO o0pasyercs Qurypa, HaIOMHHAIOIIAS
TpoCTh. B 00pa3yroIytocss pu 3TOM IOJIOCTh MTOMEIIAETCS MOJIEKyJa
xonecteprHa. HekoTopwle wHcciemoBaTeny OCMapHUBalOT OOOCHOBAH-
HOCTb 3TOW MOJEIIH U MOJIAral0T, YTO MOJICKYJIbI XOJCCTePUHA MJIaBAIOT
B MeMOpaHe OoJiee MJIM MEHEe CBOOOJHO, MM YTO B MEMOpaHaxX MMe-
IOTCSI OCTPOBKH, MPECTABIIIONINE COO0H MYIbTHMONEKYIISIPHBIE KOM-

oucioe (b)

3BE3I0YKON OTMEUCH TUAPOKCHII, UCTIONB3YEeMBIi st 00pa3oBaHus 3(HUPOB
xoJsiecteprHa. | — 0071acTh MOSIPHBIX TOJIOB; 11 — 001acTh, yrnopsaounBaeMast
xonectepuroM; 11 — o6macTs Goree MOABMKHBIX LIETeH.

IIJICKCBI XOJIECTEpUHA C JIUIIUAaMU.
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Kakosa e mpupoja yIioT-
HAIOIIEro JEHCTBHSA XOJIeCTe-
puHa?

OOBIYHO  YIJIEBOJIOPOJIHBIC
XBOCTHI (hOoc(HOTUNHUIOB pacto-
JIararoTCcsl HE MEPHEHIUKYIIPHO
K IUIOCKOCTH MeMOpaHBbl, a IOA
HEKOTOPBIM yriioM. B mpucyTct-
BHUU XOJIECTEpHHA HAKJIOH XBO-
CTOB CTaHOBUTCS MeHbIIe. Kax-
Jasi MOJIEKyJa JIEHUTHHA 3aHH-
MaeT B IPHUCYTCTBUM XOJIECTe-
pUHA MEHBIIYH IIOHIalb Ha
MOBEPXHOCTH MEMOpaHBI, B pe-
3yJbTaTe 4Yero IpPOUCXOANUT ee
YIUIOTHEHHE.

B opranmsm uenoseka xo-
JIECTEpHH NOCTYNAeT C NUIIei
U BCAachIBaeTCcs B KHIIEYHUKE
(300-500 mr/cyT). Kpome To-

ro, B JOIMOJHEHHE K TMOTPeO-
JeMOMY C MHINEH B MEYeHHU
CHUHTE3UpyeTCs 700-1000
Mr/cyT xonecrepuHa. B mpo-

Puc. 11. Omue 13 BO3MOKHBIX
CI0COO0B B3aUMHOM YKJIa KU
(hoconumuia u XonecTeprHa B
OWCIIOMHOM JTUTIHTHON MeMOpaHe

necce oOMeHa XoJecTepuHa

BO3HUKAET BO3MOXXHOCTh 00pa30BaHUs psiia BaKHBIX OMOXHUMHYE-
CKHX COCJWHEHWH: BUTAMHHOB Tpymmbl D, MOIOBBIX TOPMOHOB,
MUHEPaTOKOPTUKOHUIOB (albJIOCTEPOHA), TIIOKOKOPTUKOHIA KOP-
TH30J1a, MPOTHUBOBOCHANUTENbHOTO0 (akTopa KopTtu3zoHa. OOMeH
XoJiecTepoja B OpraHu3Me CBsA3aH ¢ 00pa3oBaHHEM M B3aMMOIIpe-
Bpall€HUAMU LEJIO0TO0 psaaa OHOJIOTHYECKH aKTHBHBIX BCIICCTB, B
YaCTHOCTH, KCIYHBIX KHCIIOT. Pacnaa XO0JIECTEpHMHA MPUBOAUT K
00pa30BaHMIO JKEMTYHBIX KHCIOT: XOJIEBOHM, TAypOXOJEBOM, U TIIH-
KoxoyieBOW. M3MeHeHUe conepkaHUs XoJieCTepuHa B OpraHax H
TKaHAX MOXET NPUBECTH K TAXKEIBIM 3200JI€BaHUSAM. HpI/I KCEIYHO-
KaMeHHOH OO0JIe3HH B JKEIIYHOM Iy3bIpe M Me4YeHH OOpasyroTcs
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OTJIOXKEHHUS XoJiecTeprHa — KaMHH. [Ipu aTepockiepo3e MOBbIIIa-
eTcs Co/AepKaHHue XolJiecTepuHa B KpoBH. OH aKkKyMyJHpyeTcs Ha
MeMOpaHax TJIaJIKOMBIIIEYHBIX CTEHOK COCYIOB, BBI3BIBAas CYKe-
HUE HX MPOCBETA WM JaXe 3aKyMOpPKY.

JIunuaHBIA COCTaB Pa3MUYHBIX MEMOpaH Yy pa3iIMYHBIX KUBOTHBIX
CYLIECTBEHHO OoTinuaercs (puc. 12).

B cyOkneTounsix ppaknmsx npeodnanaror ®X u @3, a B mUTOILIA3-
MaTH4YeCKuX — xoJjectepuH. HabromaroTes Takke pa3indus HHIAWBULY-
anpHble (MEXAy OTACIBHBIMU OCOOSIMH) M CE30HHBIE (CBS3aHHBIE CO
cABHUIaMHU B JIUNUAHOM oOmeHe). IIpyu cpaBHEHMM JMIIMAHOTO COCTaBa
MeMOpaH pa3HOro MPOUCXOXKACHHS CIeTyeT NPUHUMATh BO BHHUMaHHE
JIMIIb BBEIPAKEHHBIE Pa3Inyus.

I I Z
A A a Px A
¢Px
@e M

annapam [o0xu sHlonAaImamuYec - meMdpana
KU pemuryym A0€p

Puc. 12. JlunnaHeli cocTaB UTOILIA3MATHYECKHX (A) 1
cyoknerounsix (b) MmemOpan kpoichl (1), oBiter (1) 1 6n1ka (111)

@, — doctarurinxommn, P, — docharnmmTanosamud, D, — docharu-
aunuHo3uT, O, — pocdaruauncepun, C,, — chuHromMuesnyt, X — X0JIeCTepol.
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I[ToMUMO TOTO, YTO JHIWABI SIBISIOTCS OCHOBHBIM CTPYKTYPHBIM
KOMITOHEHTOM MeMOpaH, OHH BBIMOJIHSIOT U Jpyrue KIeTOYHbIE (DyHK-
. OHU BXOZSAT B COCTaB BHYTPUSAEPHBIX CTPYKTYD, TAKUX KaK Xpo-
Mocombl, xpoMaTuH, JHK-meMOpaHHBINI KOMITIEKC W SIAEPHBIN MaT-
pukc. OHM TaKkKe MPUHUMAIOT yYacTHE B PEryJSLUH PEIUIMKALUH, pe-
napaiuu ¥ Tpanckpunuuu JIHK 3a cuer m3meHeHus akTHBHOCTH dep-
MEHTOB, IPUHUMAIOLINX Y4acTHE B Mpoleccax OMOCHHTE3a HYKJICHHO-
BBIX KUCIOT. Dochonumup! siIepHOro MaTpUKCa, B OCHOBHOM, COCTOSIT
u3 cuHromMuennHa u ¢pochaTuauaxonuHa. B perenepupyromiei neue-
HH KpbIC CUHIOMHEINH NPUHHMAET Y4acTHE B PEryJisilUM CHHTE3a
JHK Ha snepHOM MaTpuKce.

OcCoOEHHOCTH JIMIMIHOTO cOCTaBa OaKTEpHH YacTO HUCMOJB3YIOT
Ui uX Knaccudukanuu. [leneHrne nux Ha rpaM-OTpHLATENIbHBIE H TPaM-
MOJIOXKUTENIbHBIE OCHOBAHO HAa OTCYTCTBMM WJIM HAJUYUHM OKPAcKH IO
I'pamy reHIMaH(PHOIETOBBHIM B COOTBETCTBHU C HAJTHYHEM WU OTCYT-
CTBHEM B COCTaBE KJIETOYHON CTEHKM NENTHIOTIMKAHOB U TEHXOEBBIX
KuCITOT. OCOOCHHOCTAMHU CTPOEHHUS OAKTEPHATBLHON 00O0JOUKH OOBSIC-
HSeTCS U TOT (haKT, YTO HA TPaM-TMOJIOKUTENbHbIE OaKTEPUU JIEHCTBYET
NEHUIUIUINH, a Ha TPaM-OTpPHLATEIIbHbBIE — CTPENTOMHLIMH.

4.1.3. KUPHBIE KUCJIOTBI U UX IIPOCTPAHCTBEHHAA
KOHOUT'YPALIUA

U docdo-, 1 IMKOMUIIABI BKIFOYAIOT B COCTAB MOJIEKYJ Pa3IHYHBIC
JKUPHOKHUCIIOTHBIE paauKaIbl (Tabi. 3). XOMeCTepHH W €ro aHAJIOTH TaKKe
CIOCOOHBI 0OPa30BHIBATE APHPHI ¢ PA3HOOOPA3HBIMHU KUPHBIMU KHCIIOTa-
MH. Benencrre 3Toro CBoMcTBa 00pa3yrONIMXCs TIPH 3TOM JIMITHIOB CHITh-
HO BapbupyroT. [Ipy BceM pa3zHOOOpas3ny KUPHBIX KUCIIOT MPe00IIaIaromi-
MU TS TAHHOM TKAHU SIBJSTFOTCS] OOBIYTHO JIBE WU TPH U3 HUIX.

B opranusmMe >KMBOTHBIX KpOME MAJIbMUTUHOBOM M OJICMHOBOW KH-
CJIOT cofepKaTcsi OONBIINE KOJTMYECTBA CTEAPUHOBON KHUCIIOTHI, a TaK-
e 1 6osiee BHICOKOMOJIEKYIISIPHBIE KUCIOTHI C YHCIOM aTOMOB YTJIEpo-
na 20 u 6onee. Kak mpaBuiio, OHM UMEIOT YETHOE KOJHMYECTBO aTOMOB
YIIIEPOJIa; KUPHBIE KUCIOTHI C HEUETHBIM YHCIOM aTOMOB BCTPEUYAIOTCS
TOJIBKO B COCTaBe epeOPO3UI0B 1 TaHTIIHO3HU/IOB.

AUuWIbHBIE CBS3U B MOJIEKyJaxX MPUPOIHBIX (OCHOIUMUIOB, KaK
MPaBUIIO, TPEACTABICHB PA3THMYHBIMA KUPHBIMH KucioTamu. OHU
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pa3nuyaroTcs KakK IJIMHOM e , TaK U CTENeHBIO €€ HEHACHIIIEHHOCTH.
Ecnu HeHachIlleHHOHN SBISETCS JNHIUb OJHA XUPHOKHUCIOTHAS IIEMb,
TO OHa IPHCOEANHEHA KO BTOPOMY YIJIEPOJHOMY aTOMy TJIMLIEpUHA.
Uwrcno ABOMHBIX CBA3EH B MOJIEKYJIaX KUPHBIX KUCIOT KOJebyercs oT
1 1o 6 u 3aBUCHUT OT cpelbl OOUTAHUS, COCTABA MUIIH, CE30HA U T.I.
JIBOliHBIE CBSI3W B KHUPHBIX KHUCJIOTaxX >KUBOTHOTO IPOUCXOXKIACHHS
pazaenenbl MeTuieHoBoi rpynnuposkoid —-CH=CH-CH,-CH=CH-.

B BBICIIMX pacTeHHWSX MPUCYTCTBYIOT, B OCHOBHOM, HMaJbMUTHHO-
Basi, OJICMHOBAs, U JIMHOJIEBAs KUCIIOTHI (CTeaprHOBAas MOYTH He OOHa-
PYXKHUBAETCs), @ KUCIOTHI C YETHBIM YHCIIOM aTOMOB yriepona ot 20 1o
24 BcTpewaroTca KpaitHe penko. JKupHbIE KHCIOTBI PAacTEHHH YacTo
UMEIOT conpsKeHHbIe (KoHbIorupoBanHeie) cBsizu: -CH=CH-CH=CH-.

Tabmuria 3. PacipocTpaneHHBIE )KUPHBIC KUCIIOTHI B COCTaBe
MeM6paHHI)IX JIUITU OB

CoeHenHe TpusnansHOe MonekyisipHast TeMHepaTyIZa
Ha3BaHWE Macca, [la aBneHus, °0
Cizo JlaypuIoBast 200,3 44,2
Cia0 MHPUCTUHOBASI 2284 53,9
Cis0 HaIbMUTHHOBAS 2564 63,1
Ci70 MaprapuHOBast 2704 61,3
Cigo CTeapuHOBas 284,5 69,6
Cyo apaxuHOBas 312,5 76,5
Crg OereHoBas 340,6 81,5
Coo JITHOLIEPUHOBAS 368,5 86,0
Ci6:109) HaJbMHUTOOIEHHOBAsS 2544 -0,5
Cis:19) OJICUHOBAsI 2825 13,5
Cig.1090 2J1auIMHOBAs 282,5 44,5
Cig.1n) BaKLIEHOBAsI 282,5 44,0
C24:1(9) HEPBOHOBAA 366,6 42,5
C]g:z(gq 12) JIMHOJICBAst 280,5 -5,0
C]gg(g’ 12, 15) JIMHOJICHOBAsL 278,4 -10,0
Ca0:465.8. 11, 14) apaxuI0HOBAs 304,5 -49.,5
Ca2:57,10.13,16.19) KITyTIaHOJIOHOBAst 330,5 -45,0
Cr:647.10.13.16.19) JIOKO30T€KCAaCHOBAast 328,5 -44,1
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N Yuc \\ 44c

MonuocTbio Tpane KWHK NepBoro  MsonupoeaHHast

yuc-tg
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J81A m° o 377A
301A o R L
125 1 1334

Puc. 13. IlpocTpaHcTBeHHAsT KOH(HUTYPALUS KUPHBIX KHCIOT

1 — HachleHHast yTIIeBOJOPOIHAs 1IeTb, 2 — HEHACHIIIEHHAs 1IeTb B YuUC-
KoH(popManuy, 3 — HACHIIEHHAS [ETh B 20ui-KOH()OpMAIIH.
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VYrnepoaHsie CBA3M B MOJEKyJaxX JKUPHBIX KHCIOT HMEIOT pas-
nuaHyto koHpopmanuio (puc. 13). Ilo cBoeli cTpykTypHOU KOHDHTY-
palyy HACBILICHHBIE KUPHBIE KHCIOTHl CUJIBHO OTIMYAIOTCS OT He-
HACBIIICHHBIX. HachIlleHHbIE >KUPHBIE KUCIOTHI MOTYT NMPHHHMAThH
MHOKECTBO KOH(UTYpalHii BCIEICTBUE BBHICOKOW CBOOOIBI Bpalie-
HUSl BOKpYT oguHOouHBIX C-C cBs3eil. DHepreTnyecku Hanbonee BbI-
TOHOM sBJIsieTCSl TpaHc-KOH(urypanus. HeHachllleHHbIE XHPHBIE
KHCJIOTHI HUMEIOT KECTKYI0 CTPYKTYpPY, TOCKOJIBKY Bpall€eHHE BOKPYT
JIBOMHBIX CBsi3ei HEBO3MOXXHO. OHU CYIIECTBYIOT JIMOO B mpawc-
1m0 B yuc-koHurypanuu. HeHacsllieHHbIE XUPHbIE KUCIOTHI CO-
Jep)KaT IBOWHBIE CBS3M IMOYTH Bceraa B yuc-xkoHpopmanmu (Puc.
13), mpanc-HeHachIIIEHHbIE KUPHBIE KUCIOTHI B IPHUPOJAE MOUTH HE
BcTpeyaroTcs. MckiroueHne cocTaBisieT JUIIb BaKLEHOBAs KUCIOTA —
KOH(GOPMAIMOHHBIA AHTHIOA OJICMHOBOW KHCIIOTHL. TemmepaTypa
mnaBiaeHus ee 44°C, B To BpeMs Kak OJEHMHOBas KHUCIOTa IJIaBUTCA
npu Temneparype 13,5°C.

Luc-xoH(uryparust JBOWHON CBsA3M OOYCIOBIMBAET W3rHO IIEmH
nox yraom npubnamsutensHo 30°. [lo 3Toit mpuymnHe yuc-HEHACHIIEH-
HBIE JKUPHBIE KHCIIOTHI C OAHOW JBOWHOW CBA3BIO BBI3BIBAIOT JIOKAJb-
Hble BO3MyIueHus Oucinos. Ilpu 3ToM nmMHa Takoi Lenu yMeHbIIaeTcs,
a 3aHMMaeMbIi €10 00beM BospactaeT (puc. 13). B obmactu nokammza-
LMY IBOMHBIX yuc-cBA3el 00pa3yroTcs M3rHObl (Tak Ha3bIBaeMas 2oiu-
bopma).

[Ipy noBbIIEHHN TEMIIEPATypPbl TEIUIOBAs MOJBIKHOCTD KUPHOKHC-
JIOTHBIX IeNed MPUBOAUT K CIIOHTAHHOMY BO3HHKHOBEHHIO H3THOOB.
Ecny u3ru0bl, COOTBETCTBYIOIINE 20U/-KOH(POPMAIMH, TOSBISIFOTCS Ha
OnMu3NeXalMX y4acTKax XUPHOKUCIOTHOW LIEMH, 3Ta 00JacTh MOXKET
MPUHMMATh BUJ TIETIN WX MOJIOCTH (KUHK). B pe3ynprate B3anMomnpe-
BpalICHUSI mpanc- N eoui-koH(popManuii (TaKk Ha3bIBAEMOTO MPAHC-
20Wi-TIepexoia) KMHKA MOTYT «CKOJIB3UTH» BIOJb LIEMH, oOecreunuBast
MepEeMEIICHIE UX COACPKUMOTO Torepek MemOpansl. Takum obpazom
MOYXET OCYIIECTBIAThCS NU(PPY3Hus 3aXBaYCHHOW BOIBI Yepe3 THIApPO-
(hoOHBII OHcIoN

[Tpu moBBIICHNH MIOTHOCTH YHAKOBKH OHMCIIOSI KOH(PUTypalnoH-
Hasi moABWKHOCTh C-C-cBsizeil orpanmumBaeTcs. B Takom Owucioe
MOJBHKHOCTD LeNedl OrpaHndeHa COTJIACOBAHHBIMH KOJeOaHUsSIMU
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WM BpaIlaTeNIbHONW IOABMKHOCTBHIO OKOJO TOYKH TPUKPETUICHUS
JKUPHOKHCIIOTHBIX PaJUuKaloOB K MOJSPHOU «TOJIOBKE» (HOCHOTUIH-
na. B aToii cutyauum B Oucinoe Haubojiee MPEANOYTHTEILHBI JBE
KOH(opMalyy Lenu: KOoTrJaa BCA LENb HaXOAUTCS B mpaHc-KOHPUTY-
palyy WIK KOTla IMEeTCs «IBOHHOW TOII», TO €CTh U3TUOBI, BOZHH-
Karolre Ha JBYX COCEJHUX YydyacTKaxX IIelH BCIEACTBHE 0o0pa3oBa-
HUA 20ui-KOH(POPMAaINNK, KOMIICHCUPYIOT APYT IpyTa, U BCS IIETb B
[[EJIOM HE UMEET U3THOOB.

VY GaxTepuil MonMHEHACHIIIEHHbIE XUPHBbIE KUCIOTHI, KaK MpaBuiIo,
oTCyTCTBYIOT. [lJIsl IX MeMOpaH TakKe XapaKTepHO 0oJee BBICOKOE CO-
JiepkaHre CBOOOMHBIX JKHPHBIX KHCIOT, KOTOphIe B MeMOpaHax pacrte-
HUH 1 )KUBOTHBIX COAEPIKATCS B MCUE3AIOIIE MAJIBIX KOJIHMUECTBAaX.

Cunrte3 16—18-yrnepoaHbIX JKUPHBIX KHCIOT OCYLIECTBISETCS B IH-
TomazMe. Y NTMHeHHE KUPHOKUCIIOTHBIX IIeTiel OCyIIecTBIseTCs dep-
MEHTHBIMH CHCTEMaMH 3HJIOIUIa3MAaTHYECKOI0 PETHKYJIyMa INpH yua-
ctun HAJI®OH u manonun-KoA. Ilponecc ynianMHEHHsS MOXKET NpoTe-
KaTh TaKke U B MaTpUKce MUTOXOHApHHA. OOpa3oBaHNe NBOWHBIX CBS-
3ed MPOUCXOANUT TIPHU YYaCTHH JecaTypas. Y KUBOTHBIX MpPEBpaIeHUs
onemwn-KoA B onennon-KoA (HeoOX0IUMBIX JJIs1 BTOPUYHOM JecaTypa-
[IMU) HE TPOHMCXOJUT, BCIEJACTBHE YEro JIMHOJIEBAs, JIMHOJEHOBas M
apaxuIoHOBas (TIOJMHEHACHIIIEHHBIE) KUCIIOTHI SBIISIOTCS IJIsl HUX He-
3aMEHUMBIMHU.

BBuny BbICOKOW CKOpOCTH OOMEHa MEMOpPAaHHBIX JIUIUAOB CHUHTE3
MeMOpaHHBIX KOMITOHEHTOB IIOCTOSHHO TPEOyeT OOIBIIOT0 KOJTHIECTBA
KUPHBIX KHACTIOT JJIsi 00pa3oBaHUs NUANWITIUIEpHaIoB. M3 HUX 0Opa-
3ytorcst ocaTuaHas KHCIOTa, Jiexkalnas B ocCHOBe oOMeHa Qocdoinu-
MU0B, WIA TaJaKTO3WIUTIIALEPH]], TPUBOMSIIINN K TIUKOJIUIIHIAM.
JKvpHblEe KHCTIOTHI BKIIOYAIOTCS TakXke B OOMEH C(WHTaHWHOBBIX CO-
€JMHCHUH, PUBOAAIINN K 00pa30BaHMIO IiepamMuia u cunHrosuna. B
00MEH CTEpOHIOB JKUPHBIE KUCIOTHI BCTYMAIOT HA TOCIETHUX CTa/IUSX,
KOTJla CTaHOBHUTCS BO3MOXXHBIM 00pa3zoBaHue 3(UPOB XOJIEeCTEpHHA U
€ro aHaJIoTOB.

JKUpHOKHUCIOTHBIN COCTaB MEMOpPAHHBIX JIMIUAJOB KHUBOTHBIX, B OT-
TUgre OT OakTepUaNbHBIX W PACTUTEIHHBIX OPraHM3MOB, HE TaK CBOE-
obpasen, HO Ooiyee BapmabeneH. PasHble mTUIUABI 00JIATAIOT pa3IH4-
HBIM JKHPHOKHCIIOTHBIM cocTaBoM (Tadi. 4). Cnenuduka 3Toro cocrasa
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COXpaHACTCA NpU YCIOBUHU HEU3MCHHOCTH CPEABL O6I/ITaHI/151, nmpeumMy-
IIECTBCHHOI'O XapaKTepa NUTAaHUA U T.1.
IMockonmeky Bce docdo-

Tabmmma 4. JKupHOKHUCIIOTHBIN COCTaB JIMIIABL ABJSIFOTCA TIPOAYK-
(hochonumnuios TamMu oOMeHa docharuaHoi
SPHUTPOLIUTOB YEIOBEKA KHUCJIOTBI, MOXHO 3aKJIo-
YUTb, YTO HMMEHHO >XUPHO-
XKupnas kucnora | Ox | &3 | dc | Cm KHCIIOTHBIM COCTaB €€ MOJe-
Cieo 34129 | 14 ] 28 Kyad OyJeT ompenensiTh, Ka-
Cigo 13191361 7 Kol BHI ¢ocdomunuaa 00-
Cisa 2 2|15] 6
Ciso 3816l 712 pasyercss U3 3TOTO IperIe-
Cooa 6 1181211 8 CTBEHHUKA B JIaHHBIX YCIIO-
Coao - - - 120 Busx. Ho u3sMmeHeHUe cocra-
Coa - | -] -]14 Ba JWETH, OCOOCHHO ee JIU-

MUAHON 4acTH, OBICTPO MpPHU-
BOJIUT K M3MEHEHHUIO JIMITUAHOTO COCTaBa MeMOpaHHBIX CTPYKTYp. CMme-
Ha YCJIOBHH cpenbl OOMTaHUs, HampuUMep, NpU Iepexole K 3UMHeH
CISIYKE Y JKUBOTHBIX, IPU M3MEHEHHU COJICHOCTH y MPOXOIHBIX PHIO
(cMonTHdUKALMS) U T. ., TAKKE U3MEHSIIOT XKUPHOKUCIOTHBIA COCTaB
MeMOpaHHBIX JTUMHIOB, MPUCTIOCabIIBas CBOWCTBAa MEMOPAH K YCIIOBH-
SIM CpeJibl U HOBBIM IIOTPEOHOCTSIM OpraHU3Ma.

'unore3a aganTalMoOHHON PONM MEMOpPaHHBIX JIMIHIOB ObUla BBI-
nBuHyTa 1 obocHoBana E.M. Kpenicom. CormnacHo 3To# rumorese mpu
CpaBHEHUN MEMOpaH MO3Ta phIO pa3HBIX Cpell OOMTaHUS Hanboee pes-
KH€ Pa3inyusl B )KUPHOKHCIOTHOM COCTaBE OOHAPYKHUBAIOT TaHTIIHO3U-
Ibl (Tukonunuasl). B aTol ke ¢ppakunu Hanbosee ObICTPO 0OHAPYKU-
BAIOTCS U3MEHEHUs B HAaOOpe XHUPHBIX KUCIOT NPH CMEHE TeMIepaTyp
U TOyOWHBI OOWTAHUS, & UMEHHO: IIOHIKCHUE TeMIepaTypbl U YBEIH-
YeHHe TIyOWHBI CHHEPTrMYHO MOBBIMIAIOT COJAEpKaHUE IMOJUHEHACHI-
IIEHHBIX XUPHBIX KHUCIOT B COCTaBe raHrnmuo3unoB. LlepeOposuabl u
cynbQatuabl (Ipyrue TIMKOIHUIAIBI) alaNTalliOHHONH W3MEHYHMBOCTH
HE MPOSIBIISIOT.
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4.2. IPUHITHIIBI OPTAHU3ALTUH JIHITH/THOI' O BUC/IOA
4.2.1. QOCOOJINITHIIbI KAK CTPYKTYPHAA OCHOBA BUCJIOA

Knaccudukanuss MeMOpaHHBIX JIMOHIOB MOKAa3bIBA€T, YTO 3TOT
KJlacc OOBEMHSET COCTUHEHUS, KOTOPBIE MOCTPOCHBI 110 EJMHOMY TLia-
HY, UX CTepeoKoH(urypauus uMeer obmmue yeptsl. [1o 3Toil nmpuumne,
OKAa3aBIINCh B BOAHOM PacTBOpE, POCHOIUIUABI BEAYT ce0sl CXOAHBIM
00pa3oM: NpOSBISIIOT CTPEMIIEHHE CO3[aTh aHCAaMOJIM M3 MHOXKECTBA
MOJIEKYJI JIUIHIOB.

Tem He MeHee, TUMUIBI TUIOXO PACTBOPSIOTCS KakK B HOJSIPHOM pac-
TBOpHUTENE — BOJE (MELIAIOT HEMOJIIPHbIE XBOCTHI), TAK U B HEMOJIP-
HOW cpene — macie (MemaroT
nosisipuele  rojoBku). Camoe
SHEPreTHYECKH BBITOJHOE JUIA
HHUX PAaCIOJIOKEHHE — MOHOMO- Macio
JIEKYJISIPHBI CIIOM Ha IOBEpX-
HOCTH pazfefia MEeKAy BOIOH H
MacjioM, B 3TOM CJIy4ae UX XBO-
CTBI TIOTPY>KEHBI B Maciyio (pwc.
14).

YtoOBl MOAYEPKHYTH pas-
JUYHOE OTHOIICHHE K BOJE H
K Maciy, TOJOBKH Ha3bIBaIOT
TUAPO(OUIBHBIMH, & XBOCTHI —
nunopuibHeIMU. COOTBETCT- -
BEHHO JIUITUJbI, MOJIEKYJIBI KO- - - -
TOPBIX COAEPXKAT Kak THUIPO-
(GUIBbHYIO, TaK W JUMO(WIb-
HYI0 TPYIIUPOBKY, HA3BIBAIOT
aMOUPUIBHBIMA BEIIECTBAMHU
(nnm aMpUNIATHYECKUMHU ).

PaccmoTpum mnoBenenue Ju-
munoB B Boge. CTpoeHue JTUMHUIHBIX arperatoB B BOAE MOXET OBITH
Ype3BBIYAHO Pa3HO00pasHbIM. OHO 3aBHCUT HE TOJIBKO OT HPUPOJBI
CaMoro JIMNHKAA, HO ¥ OT €ro KOHIEHTPALMH, TEMIEPaTypbl U IPUCYT-
CTBHS JPYTHX BEIIECTB. BOJBIIMHCTBO JIMIHJIOB TUIOXO PACTBOPUMEI B
BoJie. Kak cTpoeHne mumuaHbX 00pa3oBaHuii 3aBUCHT OT KOHLIEHTPAL[H
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munuAoB? JIMIUABL AT IPY OYeHB OOJBIIOM pa30aBIIEeHUN HAXOJST-
Cs B BOJIE B BUJIC OTHC/IBHBIX, HE CBS3aHHBIX MEXIy CO00¥ MOJEKYJI.
Jaxxe mpu HEOOIBIIOM MOBBINICHUN KOHIIEHTPALUHU JIUIHIA €T0 MOJIe-
KyJibl OOBEAMHSIOTCS B 3aMKHYTBIE arperarbl, TaK Ha3bIBA€MbIC MHUIICI-
JIbL. DTy KOHIEHTPAIMIO HA3bIBAIOT KPUTHUCCKON KOHIIEHTpPAIIUEH MHU-
nemnoobpazoanus (KKM). Jlns GonbmHCTBA MEMOPAHHBIX JTUITHIOB
oHa cocTaBisieT MeHbIe 1% (puc. 14). Ilpu yBennyeHnn KOHIIEHTpa-
LMY JIIKAA B BOJC U IPU MOHMKCHUH TEMIIEPATyPhl KOJIMUYECTBO Ta-
KHX MHIICIUT pacTeT. B pa30aBieHHBIX BOJIHBIX PacTBOpax 0Opa3yroTCs
MPEUMYIIECTBEHHO MapooO0pa3Hble MUTIEITBI - MUKPOCKOITMIECKHE Ka-
MEJBbKK, Y KOTOPBIX MOJISIPHBIC TOJIOBKHM OOpallieHbl HapyXy, a Hero-
JIIPHBIE XBOCTBI OOpaIlleHbl BHYTPb. B Macie MpoucXOAMT aHaorh4-
HBIA TPOIIECC, HO TYT MHUIEIIIBI OKa3bIBAIOTCS KaK Obl BHEIBEPHYTHIMU
Hau3HaHKy (puc. 14). Ecnu eme Oonee yBeIHYUTh KOHIEHTPAIUIO JTH-
MUJI0B B BOJIC, IPOU3OUIET JAIbHEHIIIee N3MEHCHHUE CTPYKTYPhI JTUITH/I-
HBIX aHCaMOIIeH.

[Ipu OTHOCHTENHHO MalIOM COIEp>KaHUHM BOABI (OCHOIUTUABI MO-
I'yT 00pa30BbIBaTh HECKOJIBKO THIIOB KHJIKOKPHUCTAUIMYECKHX CTPYK-
Typ (puc. 15). Cpenu HUX UMeeTcs JaMelUIsipHasl (CIOUCTast) CTPYKTY-
pa, cocTosmas U3 YeperyronXCs JTUMHTHBIX OUMOJIEKYIISPHBIX CIOEB
Y BOIHBIX MPOMEXKYTKOB, & TAKXKe IHIMHAPUICCKHE CTPYKTYPHI U3 MO-
JICKYJI JIMIHAJIOB, PACIIONIOKEHHBIX B BOAHOH (a3e. OHa CTPyKTypa MO-
JKET TEPEeXOJUTh B JIPYI'YIO NPU M3MEHEHWW KOHIEHTPAIMH BOJBI U
TemnepaTypsl. Yacto munumbl oOpa3yroT arperarsl pa3lUYHBIX THIIOB
OJIHOBPEMEHHO, MPUYEM OHU MOTYT MEPEXOAUTh APYT B apyra. Takoe
MOBEJIEHUE HA3BIBAIOT «Me30Mopdru3mMom». Ecnu nepexos oaHuX arpe-
raToB B JAPYTHE 3aBHCUT OT COAEPIKAHUS BOJBI, TOBOPAT O «JIMOTPOII-
HOM Me3oMop(du3Me». Korma oH ocyIiecTBIIsSeTCs M0/ BIUSHAEM U3Me-
HEHUS TEMIEPATyPhl — O «TEPMOTPOITHOM Me3oMopdusme». Takue ¢a-
30BBIE MEPEXO0/bI BOBMOXKHBI U B OMOJIOTMYECKHX MeMOpaHax, OHU Hr-
paroT OOJBIIYIO POJTH B )KU3HU KIIETOK.

Eciu koHIeHTpanus JTUMUIOB B BOJE BHICOKA, TO MUIICIUIBI CIIMBA-
I0TCSL U 00pa3yIoTCs TUIOCKUE OUMOJIEKYISIpHBIe citon (puc. 16), sBmsto-
IIFECs aHAJIOTaMH CTPYKTYPbl MEMOPAHHOTO JIMTTHIHOTO OUCITOS.
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ARFARIR s

Puc. 15. CTpyKTyphl JUNHUIHBIX arperaTtoB B BOJIE
A — reneoOpasnast, b — namemnspHas, B — nunuHapudeckas (rekcaroHaabHas)
¢aza mUmUIOB B Boje, I — UIMHIPHI BOABI B JIMITHIHON (ase.

Hanuuune y MojeKyn IMNUAOB ABYX YacTel — CHIIBHO HOJISIPHOH (To-
JIOBKH) M HEMOJIIPHON (XBOCTOB) MMEET NPSIMOE OTHOLIEHHE K UX CIO-
COOHOCTH CaMOIIPOM3BOJILHO 00Pa30BBIBATH MEMOpPaHBI - MPOUCXOIUT
TaKk Ha3plBaeMas caMocOOopka MeMOpaHHOro Oucios. B OucioifHbpIx
CTPYKTYpax IOJSIPHBIE «TOJOBBD OOpAIeHHI K BOAE, a THAPO(OOHbIe
XBOCTBI OPHEHTHPOBaHbI BHYTph Oucios. Kak mckyccTBeHHBIE, Tak U
€CTEeCTBEHHBIE MEMOpaHbI BCET/1a 3aMKHYTBI cCaMi Ha ceds, 00pazysl 1mo-
JbIe BAaKyOJIH, My3bIPbKH, BE3HUKYJIBI, TUIOCKHE 3aMKHYTHIE MEUIKH WIIN
TpyO4aTeie 00pa30BaHMUA.
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Puc. 16. CrnomHo# OUMMONeKyIISpHBIA CI0H, 00pa3yIouiics B BOJE PU
BBICOKOI KOHLIEHTPALINH JINIHIA

[Ipupomgasie Gochonmumuabl — BeIpakeHHbIe amMmbuduasl. Bemmanna
KKM pns vHux odyeHb mana. JpyruMu cioBaMH, yKe IMPH HU3KUX KOH-
HEHTPAIUAX TPU KOMHATHOHN TeMIlepaType OHU 00pa3yIoT yIopsI0YeH-
HBIE MULIEJUTBI, CIIMBAIOIINECS TIPH TMOBBIIIEHHH KOHIEHTparuu docdo-
JTUTAAA B OJHOCTIOWHBIE WJIM MHOTOCJIOHHBIE arperarhbl, KOTOPhIC HAa3bI-
BalOT JUIIOCOMaMHU.

Kakme cumbl 3acTaBisIOT JHMUAB OOBEAWHATHCS B arperartbl, Co-
CTOAIINE W3 MHOTHX MOJEKyJ? bucioiiHas cTpykTypa cTrabuiIn3upyer-
cs TupoOOHBIMH B3aMMOCHCTBUSAMU B 00JIACTH AIlMJIBHBIX IIETICH U
MOJIIPHBIMU B3aUMOJICHCTBUSMU HA TPAHUIIEC pa3/iesia BOAHON U JTUMUA-
HOH (pa3. B 0CHOBE TMOJIAPHBIX B3aMMOJEHCTBUI JEHCTBYIOT WOHHBIC,
TTATIOJTb-TTUTIONBHBIE, BOAOPOIHEIE W BaHIEPBAAIBCOBEI CBSI3U. Bece oHM
SBIISIOTCS C1aObiMU. BaxkHast posib cnaObIx B3anMMOACWCTBUE B cTabu-
TU3anuy OMCIosT OOBSACHSIETCS WX BBICOKOH IUTOTHOCTBIO. He MeHee
Ba)KHA POJIb U THAPOGOOHEIX B3aUMOACHCTBHMA. Tak Kak TepMOJTMHAMH-
YECKU HEBBITOJIHO HEMOJIAPHBIM XBOCTaM JIMIHIOB B3aUMOICHCTBOBATh
C YHOPSIIOYEHHOW CTPYKTYPO# BOJBI (KOTOpask CTaOMIIM3UPOBAaHA BOJIO-
PONHBIMU CBSI3SIMH), JTUTTUABI CTPEMSTCS M30€KaTh B3aUMOICHCTBHUS C
BOJIOM U OOBEIUHSIOTCS B arperarbl. Takoe B3aUMOJICHCTBHE MEXKIY
JUNUAAMU, BBI3BIBAIOIIEE UX «HEMPHUSA3HB» K BOAE, HA3BIBAIOT THIAPO-
¢hoOHBIM B3amMonelicTBHeM. [ HApodOoOHBIE CHIBI OMPEIEIIIOT Kak
«CTIOCOOHOCTH amOJISIPHBIX TPYNI K TECHOMY KOHTaKTy B BOJHBIX Cpe-
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JlaXx, KOTOpoe 0OecIieYnBaeT BRITECHEHHE BOJIBI M3 00pa3yeMBbIX arpera-
TOBY.

MBI TOBOpPUIN O MOBEACHUU JIMITUAOB B YuCTOM Boje. Ho ku3Hb
KJIETOK NMPOXOAHWT HE B AMCTHUIMPOBAHHOW BOJIE, a B pacTBOpax,
cojiepKalluX Te€ WIM UHBIE colid. [loaToMy HE0OXOAMMO PaccMoT-
peTh BIUSHUE COJIei Ha JIMMUAHBIC arperaThl. JIlunumHas Muiesia
C CYMMapHBIM OTPHULATENHHBIM 3apiaaoM OyIeT He Oe3pa3iaudyHa K
COJIEBOMY COCTaBy OKpykawluieil ee cpensl. Ha moBepxHOCTH pas-
Jlefla MEeXAy BOJOW M JMIUIOM CO3JaeTCid pPa3HOCTh MOTEHIMAJIOB.
Ecnu x BonHOM cpene 100aBUTHh MOBAPEHHYIO CONb (XJIOPHUCTHIN Ha-
Tpuif), TO MONOKHUTENHHO 3apsKeHHble MOHBI HaTpus (Na') GymyT
CBSI3BIBATHCS MOBEPXHOCTHIO MEMOpaHBI, a OTPULATEIBHO 3apsiKeH-
Hble noHbl xjopa (Cl') — orrankuBaThcst B BOAHYIO ¢aszy. OObIYHO
MPUIIOBEPXHOCTHYIO 00JACTh Pa3eNaoT Ha 2 9acTH — OJMKaNUIIyIo
K TIOBEPXHOCTH JUNHUJIA, B KOTOPO MOHBI HATPUs CTaOMIN3UPOBa-
HBI (TaM KOHIIEHTpallWs MOHOB OOIbIle, — COJIbBATAIUSA) U BHEII-
HI010, MG (Py3HYI0 9acTh, B KOTOPOH HOHBI MepeaBUTAIOTCS Oolee
cBOOOHO.

Kak n3BecTHO, B BOJIe MPUCYTCTBYIOT B OYEHb MaJIOW CTETIEHH TOJI0-
JKUTENTbHBIE HOHBI BOJOPOJa ¥ OTPUIATENFHO 3apsHKEHHBIE THIPO-
KCWJIbHBIE TPYIIbl. MIOHBI BOJOPO/a MPUTATUBAIOTCS OTPHIIATEIHHO 3a-
PSOKCHHOUM TOBEPXHOCTBIO MHIICIUIBI, & TUAPOKCHIILHBIC TPYIIBI — OT-
TAJIKUBAIOTCS B BOAHYIO ¢a3y. [1o3ToMy KHCIOTHOCTH cpenbl BOTU3U
MOBEPXHOCTH MHUIIEIT OTINYAETCS OT KHCIOTHOCTH BOJHOTO PacTBOpA.
U mo cBouM (M3MYECKUM CBOWCTBAM BOJAA BOJHM3H IMOBEPXHOCTH MU-
LEJUTBl 3aMETHO OTIMYAETCsl OT OOBIKHOBEHHOW BOJbI, HAIIPUMEp, OHA
He 3amep3aet npu 0°C.

Takum 06pa3oM, y MOBEPXHOCTH JIMIIKAOB B BOJIE CYIIECTBEHHO Me-
HSIOTCS KOHLEHTpalHMs cojel, (u3nyeckue CBOMCTBA M KHCIOTHOCTD
CpPE/IbL.

dopma U pa3Mepsl 00pa3yeMbIX JTUIUAHBIX aCCOIIATOB 3aBUCST OT
MHOTHX (paKkTOpOB:

1) OT IMHBI aUKUIBHBIX Henel ¢pochoaunuaos,

2) OT >KHPHOKHCJIOTHOTO cocTaBa (ochoaummmos

3) OT CTeNeHN HEHACKHIIIIEHHOCTH allMILHBIX TeTeit (ochOoTUuIrIoB,

4) OT CTPYKTYpHI OJIAPHOI YacTH MOJIEKYJT POCOITHUITUIOB.
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PaccmoTtpum nepednciieHHbIe (aKTOPHI.

1) YnakoBKka )HPHOKHCIOTHBIX IENEH B MUIICIUIAX 3aBUCHUT OT JIJTH-
HBI yTaeBojopoHoi nenu. [Ipu Mansix 3HaueHUsX n (1o 16) kommye-
CTBO MOJIEKYJI, HEOOXOMUMBIX I (DOPMUPOBAHUS MHUIIEIIBI, TAKOBO,
4TO B €¢ 00BhEME JKUPHOKUCIOTHBIE IEMH PACIONIaraloTCs JOCTATOUYHO
cB000HO. CTPYKTYPHYIO CTAOMIBHOCTh TAKMX MUIICIUT ITOICPKUBAIOT
MoJIIpHBIe CBsA3W. IIpW BO3pacTaHWM UIMHBI KUPHOKHCIOTHOW SN
IUIOTHOCTh YIIAKOBKHM B MHUIIEIIAX YBEJIHYHMBAETCS OBICTpEE, YeM HX
pa3Mep, U BHYTPEHHEE COJACPKUMOE MUIIEII CTAHOBUTCS OoJjiee KOM-
MAKTHBIM OJarofiaps YCHJICHHIO CBSI3€H MeXTy TUApOPOOHBIMHU LIEms-
Mu. ['napodoOHbIe B3aUMOICHCTBHS 3aBUCST OT CTEIICHU KOHTAKTa Me-
YKy allMIBHBIMU LEMSIMH — 3 QEKTUBHOCTh 3TUX B3aUMOJACHCTBUH 00-
paTHO MPOTMOPIIMOHAIBHA MMOABIKHOCTH Lieneil. OMH U3 BaKHBIX (ak-
TOPOB, PETYIUPYIONINX MOABMKHOCTh,— HAJIMYHME JBOWHBIX CBS3EH B
LICTIH.

2) INopaBnsromniee OONBITUHCTBO HPUPOMHBIX JXUPHBIX KHCIOT
COAEPKUT YeTHOE KOJINYECTBO aTOMOB yTiiepona. PaHee 3To CBA3BI-
BaJIM C yA00CTBaMH MpPEBpAIICHUS 3THX COCAUHEHHI B Ipollecce
OKHCJICHUs. 3aTeM ObLIO TTOKa3aHO, YTO KUPHBIEC KUCIOTHI C HEUEeT-
HBIM YHCJIOM aTOMOB YTJIEPOJa B LEMHN TaK)Ke MOABEPraloTCsl OKHC-
JIUTENbHBIM mpeBpanieHusM. Ho oOpamaetr Ha ceOs BHUMaHUE pas-
Hasi CTaOMJIBHOCTh MHUIIEII, 00pa3yeMbIX JKUPHBIMU KHCJIOTAMHU C
YETHBIM U HEYETHBIM YHCIOM aTOMOB yriepona. O0 3TOM roBOpHUT
BEJIMYMHA JHEPTUHU, KOTOPYI0 HEOOXOIUMO COOOIHTH CTPYKTYype
IUTS TIEpeBOJa €€ M3 KPUCTAUIMYECKOTO B XKHUJAKOE cocTosHue. M3
TaOMUIBl 5 BUIHO, YTO U3MEHEHUE SHTANBIIUH IS JKUPHBIX KUCIOT
C YeTHBIM KOJHWYECTBOM aTOMOB yTJiepona BEIIIe, T.e. 00pa3yembie
MMM acCOIMAThl CTPYKTYPHO CTaOUJIbHEE.

3) YruneBogopoaHble LENu JUMHIHBIX MOJEKYJ ObIBalOT JBYX BH-
JIOB: HACBIIICHHBIC W HEHACBIIICHHBIC, TPUYEM y HEHACHIIICHHBIX IIe-
e MO>KeT OBITH OJHA MIIM HECKOJIBKO IBOWHBIX CBs3el. Eciam mienka
COCTOWT M3 CMECH HACBHIIIEHHBIX U HEHACHIIEHHBIX (oCchONUIUIoB, TO
B MECTE PACIIOJIOKEHUS TBOMHBIX CBS3EH HAPYIIUTCS MOPSIIOK, TAK KaK
He OyZeT coONIoMaThCs CTPOrO MapajUIebHOE PACIIONIOKEHUE IIETIeH.
[To3TOMy IUIEHKH U3 CMECH JIMIIUIOB, COJCPIKAIIUX KaK HACBIIICHHBIE,
TaK ¥ HEHACBIICHHBIC [ISMY TIPU TOU K€ TEMIepaType sSBISIFOTCS OoJiee
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KHUJIKAMH, 9YeM TUIEHKH, TIOCTPOSHHBIE U3 JIMIH/IOB, COAEPKAIIIX TOIb-
KO HacChIILEHHBIE IIETIH.

3TO sIBJICHHE MMEET OIPOMHOE 3HAu€HHE Il HOPMaJIbHOU paboThI
OmosoTHYecKUX MeMOpaH B KUBOW KieTke. st Toro, 9ToObl KiIeTKa
MOTJIa MPOSBIATH MPOLECCH KUZHEAEATENbHOCTH, JUIUIBI, BXOASIINE
B COCTaB €e MeMOpaH, 00s3aTeNbHO JOJKHBI HAXOIUTHCS B COCTOSHUH
«CKUIKOM» IIeHKU. TONbKO B 3TOM COCTOSIHMH MOKET ObITh obecreue-
HO TpaBWIbHOE (PYHKIIMOHUPOBAHHE MEMOPAHHBIX OEITKOB U HOPMAaJlb-
HOE TPOXOXIIEHHE Pa3NMYHBIX BEIIECTB yepe3 MeMOpaHy. bouio, Ha-
npuMep, MOKa3aHo, YTO IPU 3aMEHE HEHACBHILIICHHBIX JIMIHUIOB HA Ha-
CBIIIIEHHBIE B MeMOpaHax OakTepuil CKOPOCTh MPOXOXKICHHUS BEIECTB
yepe3 MeMOpany nazgaet B 20 pas.

Tab6mmma 1. 3aBUCHMOCTH TEMIIEpaTyPHI TUIABJICHUS U SHTAIBITAN
(ha30BOTO MEPexo/ia JKUPHBIX KUCIOT OT JJIHHBI UX YTIIEPOTHON IeTH

Yucno aToMOB yriepoja B Temnepatypa M3menenue sHTaNBINU
JKUPHOKUCIIOTHOH IIENH maBieHns, 'C (H%), kkan/mons
Cis 5,4 6,8
(O 5,9 10,8
Cis 10,0 83
Cie 18,2 12,8
Cy7 22,0 9,7
Cis 28,2 14,8
Cio 32,0 12,0
Cy 36,7 16,8

ITonsTHO IMO3TOMY, UTO KJICTKHM OYC€Hb YYTKO PCarupyroT Ha U3MCHC-
HHUE TeMIIEPaTypbl, CTPEMsICh K TOMY, YTOOBI UX MeMOpaHa MMOCTOSHHO
OcCTaBajlach B (GKHUAKOM» COCTOSIHUH. Kak TOJIBKO CHMXKaeTcs TeMIepa-
Typa OKpY>Kalollen cpeapbl, OaKTepUH 3aMEHSIOT HACBILIEHHbIE JTUITUIbI
B CBOMX MeMOpaHax Ha HEHAcChIIEHHBIE. Tak ke BeoyT ceOs U KICTKH
pacreHnii. OpraHu3M 4eJI0OBEKa U TEIUIOKPOBHBIX KUBOTHBIX 0OecIedu-
BacT XKHUJIKOC COCTOSAHHE CBOUX KICTOYHBIX MeM6paH, nmogacpKuBas
CTPOTO TOCTOSHHYIO TeMIIepaTypy Teja. ¥ HEKOTOPBIX KUBOTHBIX 3TO
CBOWCTBO NMpHHUMaET npudyanussie Gopmbl. Hanpumep, B Horax nus-
TBUHA M CEBEPHOIO OJICHs TeMIlepaTypa NajaeT 110 Mepe yJaJeHHs OT
KOpITyca, COOTBETCTBEHHO MEeMOpaHBI KJIIETOK B 3TUX TKaHAX Bce Oolee
o0oramaroTcss HEHACBIIIEHBIMH KUPHBIMH KHCIOTaMHU.
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4) CriocoGHOCTh JIMMTUIOB K CaMOOpTraHM3annu (caMocOOpKe) 3aBH-
CHUT, KOHEYHO, HE TOJIBKO OT X YIJIEBOJOPOIHBIX IENel, HO U OT IpH-
POJIBI TIONISIPHBIX TOJIOBOK. ['0JIOBKH HECYT JIMOO OTpUIIATEIBHBIN 3apsi,
MO0 OTHOBPEMEHHO OTPHIIATESIBHBIN U MOJOKUTEIBHEIN 3apsIbl, HEW-
Tpanu3yompe Apyr Apyra. UMeHHo mocimegHuil TUN JUNUAOB (HEWH-
TpalibHBIC) MPeo0dIaaeT B OOJIBIINHCTBE KJIETOYHBIX MEMOpaH. DTO He
ciryvaifHo. JIumuaaM ¢ OTpHUIATEeNbHO 3apsHKEHHBIMU TOJIOBKAMU TPY/I-
HO OOBEIMHATHECS B arperarsbl, Tak Kak MEXIy T'OJOBKaMHU JEHCTBYIOT
AIEKTPOCTATUIECKUE CHIIBI OTTAJIKKMBaHUs. B ciiydae aneKTpoHEeUTpaib-
HBIX TIOJISIPHBIX TOJIOBOK JIUMHIHBIE MOJIEKYJIBI MOTYT OBITH YIAKOBAHBI
TaK, 9TOOBI TIOJTHOCTHIO PEeaTN30BaIach BHIT0aa TUAPOGHOOHOTO B3auMO-
JICUCTBUS HETIOJSPHBIX LIETEH.

B 3aBucuMocTH OT pa3MepoB MOISPHBIX oOnacTeil (hocdoaumumos
BO3HHKACT aCHMMETPHUS MEMOpPAHHOTO OWCIIOS, UTO SBJSACTCS Ba)KHOUH
0CcOOEHHOCTBI0 MEMOpaH.

4.2.2. TPAHCMEMBPAHHAA ACUMMETPHA JIUITH/[OB

Knerounsle mMeMOpaHbl 3aMKHYTBI, OHH WMEIOT BHYTPEHHIOIO H
BHEIITHIOIO TOBEPXHOCTH, Pa3IMYaloNIHecs 10 JUIUIHOMY U OEIKOBO-
My COCTaBY — 3Ty 0COOEHHOCTh MeEMOpaH Ha3bIBAIOT TPAHCMEMOPAHHOM
acuMMeTpHel. XapakTepHas 0COOCHHOCTh OMOJIOTHYECKHX MEMOpaH —
Pa3IMYHBIA COCTaB JIMIIMIOB MO 00e CTOpOHBI Oucios. M3BecTHO He-
CKOJIBKO MEXaHHU3MOB, 00€CIIeUNBAIONINX aCHMMETPUYHOE pacipeerne-
Hue pochonmumumoB B MeMOpane. OIUH W3 HUX CBS3aH C TEPMOIMHA-
MUYECKON BEPOSTHOCTBIO PACHpEICICHUs JIUITUIO0B B COOTBETCTBUH CO
cTepeoKoH(pUryparmed uX MOJEKyJl. ACUMMETPHS JHUITHI0B BO3HUKA-
€T, MPEeXJe BCEro, MOTOMY, YTO B CIydae 3aMKHYTOTO MEMOpPaHHOTO
oucios TUmuAbl ¢ 6osiee 0OBEMHBIMU TMOJIIPHBIMU «TOJIOBKAMI CTpE-
MSTCS HAXOOUTHCS B HapY)KHOM MOHOCJIOE, TaK KaK TaM IUIOLIaab I0-
BEPXHOCTH, MPUXOMAAIIAACH Ha TOJSAPHYIO «TOJOBKY», Oombme. [lo
aTOM TprurHe GocHaTHANIXOIHHB U CHOUHTOMHEITUHBI JTOKAIM30BAHBI
MPEUMYIIECTBEHHO B HApy>KHOM MOHOCIOE, a (ochaTUIUICEPUH U
¢dochaTnauIITAHOIAMUH, B OCHOBHOM, BO BHYTPEHHEM. DTO, COOTBET-
CTBEHHO, IPUBOANT K Pa3NU4UsAM B 3apsane Gochonumuaos u pa3imd-
HOW THIpaTalliil X TOJSIPHBIX «TOJOBY» 10 00€ CTOPOHBI OMCIIOS.

42



BTopoii MexaHM3M peanus3yercs 3a CUET Pa3IM4uid B COCTaBe
cpenbl Mo 00e CTOPOHBI OUCIOS B YCJIOBUSX HAaTUBHOU kieTku. C
BHEKJIETOUYHON CTOPOHBI MEMOpaHy OMBIBA€T CpeJa C BHICOKHM CO-
JCPKAHUEM HATpUA W KajJdblOusdg, a CO CTOPOHBI LHUTOIIJIa3Mbl MEM-
OpaHa KOHTaKTHPYET ¢ MarHueM M KajueM. Pa3iaudus HOHHOIO co-
CTaBa BHE- U BHYTPHUKJIETOUYHOHN cpebl BHOCAT BKJIAJX B CO3AaHHUE H
noaxepxkaHue M3THOOB, TO €CTh B acUMMETpHIO Oucnos. MMeHHO
3TOT (pakTop obecrmednBaeT CO3laHNE IpaJueHTa KPUBU3HBI, CKJIa-
0K, CMOPIIMBAaHHUM, OTIIHYPOBKY 4acTeil Ononornyeckoii Mmemopa-
HBI B BUJI€ BE3UKYIL.

4.2.3. PA3JIMYHBIE BHU/IbI IIOABMKHOCTHU KOMIIOHEHTOB
JIMIINJTHOI' O BUCJIOA

MornekyiaM B U30TPOITHON JKUAKOCTH MPUCYIIN Pa3HbIE BHUIIBI MO~
BH)KHOCTH: BHOpAI[IOHHBIC KOJIeOaHUs, BpalICHUE, TPaHCISIHOHHBIE
IOBIDKEHHA. B aHM30TpOomHOM OmCIOe, HAIIPOTHB, MOJIEKYJISIpHAS MOJ-
BIDKHOCTH €r0 KOMITOHEHT yIopsiioueHa. Pa3mudHbIe THITBI TOBHKHO-
CTH IPOMJUIIOCTPUPOBAHBI Ha puc. 17.

Moznekynsl poconununos crnocoOHB K HECKOJIBKAM BHIIAM IOJI-
BIDKHOCTH B OHCITIOE:

1) ©3MEeHeHne OPUEHTAIINY TTOJIIPHBIX TOJIOB

2) natepajibHOE ABM)KEHUE,

3) kocOaHNs alMIBHBIX ICTICH,

4) obpa3oBaHHe KHHKOB U UX MEpEeMENIeHNE BAOIb allMIbHBIX IeTel
(B MOTIEpeYHOM HAIIPaBJICHUH ),

5) poranoHHas TOABHKHOCTH (BpallleHHe BOKPYT [UIMHHOH OCH),

6) mepexoj ¢ OJTHOW CTOPOHBI OHCIOSA Ha APYTyIo (0 TUMy (rum-
o),

7) BBIXO M3 OUCHOS.

PaccMoTpuM HEKOTOpBIE BUABI TOJIBMXKHOCTH MOJIEKYT hOChOTHIU-
JTOB TIOJTpOOHEE.

43



- iy Jlamepanvroe ogudicenue.
S ~ CnocoOGHOCTh NTUIHUIOB TIepeMe-

maTtbcsi B MeMmOpaHe B JjaTe-

gﬁ%% panbHOM  (IPOJOJIBHOM)  Ha-

a Y mpaBieHMM TIOKa3aHa MHOTHMH
zj%\'% skcnepuMeHTaMu.  Hampuwmep,

: IUIsl CYCIIEH3UU SIUYHOTO Jelu-

(}) 7 trHa Tipu 25°C momekyna mpe-
0/l0JIeBaeT IMyTh, paBHBIA 2,5
MKM 3a 1 cek. Takum oOpaszom,
natepanbHas nudpdysus B ymno-
psAIOYEHHOW MeMOpaHe IO3BO-
Js€T BEIeCTBAM IEepeMEIaThCs
JSIPHBIX T0J10B, 1 — ObIcTpas nare- ¢ OTHOCHTCILHO BEICOKOM CKO-

panbhas mubdysus B aBymeprom ~ POCTEIO. OHa JnemaeT BO3MOX-
npoctpancTse Gucios, 111 — 6picr-  HBIM  00pasoBaHHE IJIMIHIHBIX
pBIe KoeOaHus KUPHOKHUCIOTHBIX knactepoB. JlatepanbHas IlI/ICI)-
ueneit, [V — oOpasoBanue KuHKOB  (DY3HsT OKa3BIBAETCS BO3MOIXKHOM
1 UX OPOABUIKCHHUE I10 AllUJIBHBIM naxe HpI/I TCMHCpaTpr KpI/I-
uensM, V. — BpamatenbHas MOA-  CTAJIMYECKOTO COCTOSHHA. Ilo-
BUXKHOCTD BOprE JUIMHHOM OCH, BHIANMOMY, €/IMHCTBEHHBIH Me-
VI — MeIJICHHEI OOMEH MEXTy XaHHU3M, KOTOpBIH MOT OBl y/I0B-
KOMIIOHCHTaMH MOHOCJIOCB MCM-
Gpatbi. JETBOPUTEIHHO OOBSICHUTH ITOT
(haxT, 3aKIrO9aeTCs B JaTepalb-
HOW HEOZHOPOIHOCTH MeMOpa-
HBI, HATMYUHU NePEKTHHIX 30H (IIyCTOT), KyJla MOTYT BBITECHSATHCS
MOJIEKYJIBI U3 COCETHUX YIIOPSAIOYEHHBIX 00IacTeH.

YopstoueHHOCTs, MeMOpaH, n3Mepsiemasi ¢ moMmorpio JIIP crek-
TPOCKOINHMM, CHUXKAETCA NpPU JBWKEHUM K METUJIBHOMY paJuKaily
AIWIIBHOM TETH, YTO CBUAETEIBCTBYET 00 YBETHUYCHUH IMOJIBUKHOCTH
YKUPHOKUCIIOTHBIX 1I€TIEN B 3TOM HaIlpaBJIE€HUU.

PaznuuHble KOHQUTYpaIlMd MOJEKYJ JXUPHBIX KHUCJIOT, BO3HU-
Kalolue MpU MOoBOpPOTax (BpamieHun) BOKpyT enuHUIHOM C-C CBs-
3W, HAa3BIBAIOT pOTaMepaMu, WM KOHpopMepamMu, a H3MEHEHHe
KOoH(OpMaK MOJEKYJIhl 32 CUET TaKUX IMOBOPOTOB HOCUT Ha3Ba-
HUE mpanc-2ou u3oMepuszauuu. BpamarenbHas MOABUXHOCTh MO-

Puc. 17. Buasl noIBHKHOCTH
JINITAIHBIX KOMIIOHEHTOB B
oucnoe
| — usmenenue Opu€HTalu1u I0-
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nekyn dochomunuaos, usmepennas merogom SAMP, mokazana, 9To
MOJBHKHOCTh TUIAPOPOOHBIX CErMEHTOB IICMH TOBBIIIACTCS B Ha-
MPAaBIICHUU OT CJIOKHOI(PUPHOU CBI3HM K METHJIBHOH TpyIIe, T.e. K
EHTPY OmCIos.

Tpancmembpannwiii nepexod «@paun-grony muna. B TAOUITHBIX UC-
KyCCTBEHHBIX MEMOpaHaX TaKuhe MepeXOibl OCYIICCTBISIOTCS BECbMa
MEJUICHHO, HATpUMEp, MONYIEepUo/] Mepexoa MOJEKYN XOJeCTepruHa C
OJTHOM CTOPOHBEI OMCIION HA JAPYTYIO B JUMOCOMax 3 (hochaTuamixomm-
Ha 3aHMMaeT OoJiee 24 4acoB, OJIHAKO, B MPHHITUIIE, TAKOW MEPEX0J1 BO3-
MOkeH. MOJIeKy bl JIMAAOB HEe MOTYT MPEOA0JIETh JIUITAAHBINA OUCTION B
MOTIEPEYHOM HAITPaBJICHHUH ITyTEM MEPECKOKa MOJICKYII C OJTHON CTOPOHEI
oucios Ha aApyryro ((aur-¢uiomn), eciii B MOJEKyJe HET 0COObIX (ep-
MEHTOB, U3BECTHBIX 110/ Ha3BaHUEM TPAHCIOKATOPOB. JIUmuIel 1 B OHO-
JIOTUYECKHX MeMOpaHax C JIOBOJNLHO OOJNBIION 4acTOTOW MHUTPUPYIOT C
OJHOM CTOPOHBI MEeMOpaHBl Ha APYIYIO, TO €CThb COBEpIIAIOT «imi-
¢rom» mepexozpl. Bo3MOXKHO, YTO TeTEpOreHHOCTh JUIMHIHOTO COCTaBa
OHMOITIOTHUECKIX MEMOpaH yBEIHYMBAET BEPOSITHOCTH «(IHII-(IIom) Ie-
pexona B MPUPOIHBIX MeMOpaHax. OTHIM U3 Pe3yJIbTaToOB 3TOM reTepo-
TeHHOCTH SIBJISIETCS BO3MOXKHOCTH OOpa30BaHUSI TE€KCArOHANBLHOH (a3bl
(BBIBEpPHYTBIX BE3WKYJ), KPaTKOBPEMEHHOE CYIIECTBOBAHME KOTOPHIX
MO3BOJISIET BOBJIEKATh MOJIEKYJIBI JIUMUIOB C OJJHOM CTOPOHBI OHCIIOA, a
BO3BpaLIaTh UX Ha IPYTYIO.

CrenoBarensHO, TUHAMHYECKOE COCTOSHHE OWCIIOS C BBICOKOHM IOJI-
BIDKHOCTBIO €0 KOMITOHEHTOB OTPEeIsIeTCsl OTHOBPEMEHHO HECKOJBKU-
MU ¢pakropamu. C OTHOI CTOPOHBI, 3TO BpallaTelbHas MOJBKHOCT OT-
JIETBHBIX MOJIEKYJN (ochonmmnuaoB. BOIM3M METHIILHOTO KOHIIA OHA OCY-
HIECTBIIACTCS JIsl KAKIOH MOJIEKYJbI HE3aBHCUMO, HO C TIPHOIIKEHHEM K
TIOJIIPHOM «TOJIOBE» U BO3PACTAHMEM TUIOTHOCTH YIIAKOBKU (OCOOEHHO Ha-
4yrHas ¢ 9 yriepoJHoro atoma, OJrmKe KOTOPOTro K TOBEPXHOCTH OUCIOs
HE BCTPeUaeTCs yuc-TBOWHBIX CBSI3eH) MOABHKHOCTh YMEHBIIACTCS.

4.2.4. JEQEKTHAIE 30HbBI. POJIb XOJIECTEPHUHA

PasnuyHbIe BUABI TOJABHMKHOCTH JUITUIHBIX KOMIIOHEHTOB B OHCIIOE
HApyIIAlT TOMOTCHHYIO YIAaKOBKY M MPUBOIAT K OOpa3oBaHUIO pa3-
JIMYHBIX )Z[e(beKTOB. Bricokas CKOpPOCTh BpalI€HUA XHUPHOKHCIIOTHBIX
panukanoB Bokpyr C-C-cBs3el, a Takke HaJllM4ue B MEMOpaHe B CO-
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craBe (HochHONUIUAOB YuUC-U30MEPOB HEHACHIIEHHBIX JXUPHBIX KH-
CJIOT AeNaloT OMCION J0CTaTOYHO phIXibiM. OOpa3zoBaHue ne(eKTOB
TaKOT0 poJia IEMOHCTPUPYET puc. 18.

Puc. 18. O6pa3oBanue neeKTOB B MEMOPAaHHOM OHCITIOE

A — o0e >KMPHOKHMCIIOTHBIE IIETIH MOJIEKYJbI (oconunuga HaxomsTcs B
mpanc-koHpurypaunu, Bpanienue Bokpyr C-C cBsizel, yka3aHHOE KPyTrOBBIMU
CTpenkamH, Hn4eM He orpannieHo (I); B pe3ynbTaTe HECOTIIaCOBaHHOTO Bpa-
meHnst obpasyeTcst ckomeHHas (eow-) xoH(opMmarmst (II) mwmm xkmak (IID);
b — BmmsHME KMHKOB Ha yMaKOBKY Oncios: | — KuHKH OTCyTCTBYIOT, 11 — onmH
KMHK Ha )KUPHOKUCIIOTHYIO 11enb, 1l — nBa KnHKa Ha )KUPHOKUCIOTHYIO LETIb.

PaccMoTprM cHauasia HachIICHHBIE YTIIEBOJOPOAHEIE 1end. Harnbonee
crabunbHa mparnc-kordopmarms (1), B KOTOpOH Iielb MaKCUMAILHO BBITSI-
HyTa U HE MEHSET CBOETO HAIPABIICHUs], TOT/IA KaK B 2ou-KOoH(opMaImu ee
Harpasnienne Mensiercs (II) n oOpasyercs nmedexr ymakosku. [locrmemoBa-
TEeJLHOCTD cous-mparnc-eout IUis Tpex cMexxHbIX C-C cBsi3ell IpUBOAUT K T0-
SIBJICHUIO B 1SN U3JI0Ma (KUHKA), B PE3YJIbTaTe Yero YIaCTKH IIeTH BBIIIIE U
HIDKE TIETH M3JI0Ma OKa3bIBAIOTCS 3HAYMTENBHO CMENICHHBIMU JIPYT OTHO-
curensHo apyra (1II) — obpasyercs medexr. BosMoxHOCTE 00pa3oBaHus Ta-
KUX CTPYKTyp oOecrieurBaeT BO3HUKHOBEHHUE IMOJBMKHBIX JE(PEKTOB, CIIO-
COOHBIX 3aXBaTBIBATh IIEJIBIC OJIOKH MEMOpaHBI — KJlacTephl. VX KOHIeHTpa-
YA U IIOABWYKHOCTB 3aBUCHUT OT TEMIICPATYPHI.

B CJlydya€ HCHACBLIIMICHHBIX XHWPHBIX KHCJIIOT IOYTHU BCC HBOﬁHbIC
CBsI3M B MeMOpPaHHBIX JIMMTUAAX HaxoasaTcs B yuc-popme. Kak u B ciy-
4yae 2ow-popMbl, 3TO MPHUBOJUT K M3MEHEHHIO OOIEro HampaBICHUs
nenu — obpaszyercsa nedekr (puc. 19). Takue mpocTpaHCTBEHHBIE Je-
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(exTel OMCIoA, MHAYIHPYEMbIe BKIIOYCHHEM B HEro HEHACHIIICHBIX
JKUPHBIX KHCIIOT, SIBJISAIOTCS OoJiee cTaOMIBHBIMH. B pesynbrare moss-
nieHus 1e(eKTOB OUCIION CTAaHOBUTCS 00JIEE PHIXJIBIM.

xonecmepuw @ocponunud

i g
S

Puc. 19. HM3meHeHne ymakoBKY OUCIIOS MPU TEPMOUHAYIIUPOBAHHOM
¢dazoBom niepexose (0T A x b) u ipu BcTparBanuu B 6uciIon
MOJIeKyJT XonecTepuHa (ot b k B)

VYka3aHbl TONIMHA OUCIOA B aHICTpeMax M IUIONMIA[h CEUCHUS, 3aHH-
Maemasi KakJI01 MoJeKyoi (ochomunua.

PaccmoTrpum BpI3BaHHOE AedeKTaMHU H3MEHEHHE TeOMETPUHU
6ucnosa. PactsaHyTas yrieBogopoaHas LeNb KUPHOM KHCIOTHI, CO-
nepxamiasi 18 yriepoaHbIX aTOMOB, UMEET JJIMHY MpUMEpPHO 23—
24 A, 4T0 BO3MOXKHO B ciydae rejis, TO €CTh B CJIyd4ae BBICOKO-
CTPYKTYPUPOBAHHOTO (YIOPSAOYEHHOI0) COCTOAHUSA unuaoB. [lo
9TON NMpPUYMHE MOXXHO OBIIO OBl MPEANONOXHUTH, UTO OHCIIOH, CO-
CTaBJIEHHBIA W3 (POCHOIUIUIOB, KUPHBIE KHCIOTHI KOTOPBIX CO-
nepxat 18—20 yriaepomHBIX paguKalioB, JOIKEH UMETh TOJIIHHY
6osee 47 A. Onnako peanbHas TONIIMHA MEMOPAHBI PEIKO TPEBBI-
maeTt 3To 3HavyeHWe (oHa cocTaBiseT Ha 15-20% MeHbIIYIO BelH-
9UHY). OTO yKa3bIBaeT, YTO XUPHOKHUCIOTHBIE pPaJUKalbl OUCIIOS
HE pachpsMIEHBl MOJHOCTHIO, @ 00pa3ylT PHIXJIbIE CTPYKTYDBHI.
N3-3a aToro akTa miuomans MeMOpaHBl OKa3bIBAETCS HECKOJIBKO
OosbIIeif, YeM clieNyeT M3 pacyeTra TEOPEeTHYECKOTr0 IMPOCTPAHCT-
Ba, MPUXOASIIETOCS Ha 0JHY MoJiekyny ¢ochonununa. Berpausa-
HHE XOJIECTepHHA B OWCIIOW JenaeT BO3MOXHBIM H3MEeHEHHEe (op-
MBI MeMOpaH B pe3yJbTaTe 3HAUYMTEIbHOU nmedopmanmuu o0emx
CTOPOH JIMMHUIHOTO OUCIO0s, TaK KaK B OTIUYKE OT Gochonunuaon
XOJIECTEpUH MOJXKET JIETKO IepeMeIlaThcsl U3 OJHOI0 MOHOCIOS B
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npyroii. Ilpu Takux BO3AEHCTBHAX W TOJIIWHA OMUCIOA HECKOIBKO
BO3pacTaer.

Hanmume B yriieBogopoiHbIX HENsX KUHKOB, JBOWHBIX CBSA3eH (M APYTHX
0COOEHHOCTEH) MPUBOAUT K YBEIMUYEHHIO IUIOMIAIN MONEPEIHOTO CEUECHHS
nenu (MMHAMAIBHOE ee 3HAYeHHe COCTABIsieT okono 19 A%) mpu momHo-
CTBIO MpaHc-KOHQUTYpaLMH; 3TO MOKET UMETh Ba)KHBIE MOCICACTBHSA UL
YIIaKOBKH JIMMHAOB B OHciioe. B ®uAKOKprCTAIINIECKOH (aze MOsBIECHIES
B LIETH 2oui-KOH(OPMEPOB yBeMMUMBaeT 3(h(HEeKTUBHOE TIONIEPEYHOe ceve-
HMe 1eneii no MeHbIei Mepe 10 50 A%, Tommuna 6UCIIos yMeHbIaeTcs 3a
CUET HAIMYHSA B IEMSX 20u-KOH()OPMEPOB, TPHBOIIIHMX K Pa3yOPSIA0UH-
BaHUIO LIETIeH, MPUYeM CaMH IIeMH B IEJIOM DPACTSHYTHl M PACIONOKEHBI
TIEPIIEHUKYJISIPHO TIOBEPXHOCTH OHCIIOS.

B daze rens HacblleHHBIE YIIeBOAOPOAHBIE LenH (pocdonunumos
HaXOASTCS TPEUMYIIECTBEHHO B IONHOCTHIO mpaHCc-KOH(pOpManuy.
MuHuManbHas III0IAAb TOIEPEYHOT0 CEUEHHSI MOJIEKYJIbl JUALMIBHO-
ro doconumnuna papua oxono 38 A’ TIpuMepHO TaKyo e ILIOMAIb
3aHUMAaeT TOJSpHas TONOBKa (GochaTHANIITAHOIAMIHA, TIOATOMY Ha-
CHINMICHHBIE (hOChaTHAMIAITAHOJAMUHEI B (Da3e Tens yHaKOBBIBAIOTCS
TaK, YTO UX alWJIbHbIE LIEMH PacHoJaraloTcsl NepreHANKYIISPHO III0C-
KOCTH OMCITOs (KakK B TUIMHIHBIX KPHCTAJIIAX ).

Ha pucynkax u cxemax memu (hochoMIUIoB B OUCIoe, KaK IpaBH-
JI0, TIPEICTABNAIOT CKOLIEHHBIMH OTHOCHUTEIBHO IEPIEeHIUKYIISIPHON
ocu MeMOpaH. YToJl HaKJIOHa LIeNeil onmpeaessieTcsl NpUpOAOH Homsp-
HOW TOJIOBBI MOJIEKYJIbI: HAKJIOH BOSHHKAET B TOM CIIy4ae, ecii 00beM
THIPaTHPOBAHHOW TOJIOBBI MOJIEKYJIBI OOJbBIIE IJIOUIAINd CEUCHHS ee
XBOCTOBOU yacTu. Hanpumep, B ciayuae kpuctamuioB GochaTuauaxoiu-
Ha MUHUMAIbHAs TUIOMIA/(b, TPUXOISIIIASACS Ha OHY MOJIAPHYIO TOJIOB-
Ky, coctaBiser npumepro 50 A% TTostomy mumamsmuronndochaTu-
munxonus (38 A%) B (hase resist He MOXKET YITAKOBBIBATHCS TaK, Kak Poc-
¢daTunudTaHOTaMKUH. B 3TOM ciydae anuibHBIE EMU TATATbMUATOWII-
bocharrauaxonarHa OTKIOHAOTCA Ha 30° 0T HOpMau K OucIow, Oia-
rojaps 4eMy UX MOINEpPEeYyHOE CEUEHUE YBEIWYMBAETCS M JOCTHTAeTCS
COOTBETCTBHE pa3Mepy NOJSApHOM romnosku. Ilpum sToM yriaeBomopon-
HBIE IIETIM COXPAHSIOT MOJTHOCTBIO mpanc-KoH(popMarmio. B cimyudae,
KOTJIa 3TH BEITMYMHBI paBHBI (Hampumep, s docharuamiITaHoIaMu-
Ha), CKOca MPaKTUIECKU HEe HaOII0qaeTCsl.
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Hannumne nepeuncinenHbIx 0cOOEHHOCTEH 00ECTIeYUBAET ONpPEeIICH-
HYIO PBIXJIOCTH YIAKOBKH (MHKPOBS3KOCTH) MEMOpPAHHOTO OHCIOS MpH
HOPMAJIbHBIX YCIOBHSIX.

4.2.5. MUKPOBA3KOCTH MEMBPAH

Jns mMeMOpaH XapakTepHa BBICOKAas CTENEHb TEKydecTH Oucios,
obecniednBaroiasl CIOCOOHOCTh JIMMUIOB M OENKOB K JIaTepalbHOM
muddysuu. [ToBelIeHHAs TNIOTHOCTD YIAKOBKHU (CTPYKTYypH3aLus) ouc-
JI0s YBENMYMBAET CONPOTHUBIICHHE TUPQPY3UHU MOJEKYJ, TPaHCHOPTHU-
PpYyeMBIX uepe3 MeMOpaHy, HOBBILIAET €€ MUKPOBSI3KOCTh. Tak 4To cKo-
POCTb TepeMeIleHHsT MOJIEKYJl 3aBHCHUT OT MHKPOBSI3KOCTH MeMOpaH,
KOTOpasi, B CBOIO OUYepe/ib, ONPeNeIieTCS OTHOCUTEILHBIM COJepKaHu-
€M HACBIIIEHHBIX U HEHACBHIIEHHBIX KUPHBIX KUCIOT B COCTAaBE JIMIIH-
JTI0B. MHKpOBSI3KOCT MEMOpaH MEHBIIIE, €CITH B COCTaBE JIMIHJIOB Mpe-
001aat0T HEHACHIIIEHHBIE KUPHBIE KUCIOTHI, H OOJbIIE MPU BEICOKOM
coJiep>KaHUH HACBHIILECHHBIX JKUPHBIX KUCIOT. Ha 3TOT mapamerp Bius-
0T TaKK€ pa3Mepsl YIIIEBOJOPOJHBIX «XBOCTOBY JIUMUIOB, C YBEIHUE-
HHUEM JJIMHBI KOTOPBIX MHKPOBS3KOCTh OMCIIOS YMEHBIIAETCS.

4.2.6. DA30BBIE IEPEXOIBI MEMBPAHHBIX JIUITH/[OB

B BogHOl cpene pasnuusble cTpyKTypsl (puc. 20), oOpa3yemsble
¢dochonunuaaMu (JamMeIsipHbIe, MULIEIUIAPHBIE, TeKCaroHaJbHbIE) Be-
IOyT ce0s Kak XKUIKHE KPHCTAUIBI, TO €CTh aHH30TPOIHBIE KHUIKOCTH,
obnajaronye Npu3HakKaMu yHIopsA0ueHHOCTH.

TakuM CTpyKTypaMm NpPUCYLIH JIMOTPOIHBIH Me3oMopdu3M (3aBHCH-
MOCTb CTPYKTYpPBI OT THIApPATaliid) U TEPMOTPOIHBIH Me30MOphH3M
(3aBUCHMOCTH CTPYKTYpHI OT TemmepaTypsl). IIpencraBmeHus o smo-
TPOIIHOM M TEPMOTPOITHOM Me30MOpdH3Me KaK CBOHCTBaX MeMOpaH
CBsI3aHBI MeKAy co0oil. Pa3oBble MEPEeXOoAbl JIMIHIOB, OCYILECTBIISIO-
IMUECA 10 THUILY «T'€JIb — )KI/II[KI/Iﬁ Kpuctajun, MpoUuCXoJadAT Mpu TEMIIC-
parype (Tkp), BemurHa KOTOPOH 3aBUCHT OT COJEp KaHUsI BOABI B CHC-
Teme. TKp AOoCTUraeT MHUHMMYyMa, KaK TOJBKO oOOlIee coaep:kaHue
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Puc. 20. CtpykTypbl, 00pa3yeMblie B BOJHBIX CYCIICH3HSIX
JUTHIAMU, CKIIOHHBIMH K CO3aHUIO0 JaMeJUIIPHBIX 00pa3oBanuii (A)
1 HEOMCIIOMHBIX TeKcaroHaIBHBIX 00pa3oBanmii (b)

BOZIbI TIPEBBINIACT TO KOJIMYECTBO, KOTOPOE MOTYT CBSI3BIBATh JIMIIMIHEIC
cTpyKTypbl. Da3oBas AuarpaMma Jyis SIMYHOTO JICHUTHAHA, XapaKTepH3yOIas
o 100 COOTHOILICHHE PA3IUYHBIX ME30-
° (hopM 3TOTO JIMMUIA B PA3HBIX YC-
JIOBUSIX TMpeZICTaBjIeHa Ha puc. 21.
e I I == ITpuMepoM TOTO, Kak Cylie-
CTBEHHO BJIMSET BOJa Ha (ha3o-
yi'4 e Y Bme MEePEXO/Ibl, SIBISCTCA MO-
m P22 s mudukanus Ga3zoBOro COC-TOS-
o 1020 30 40 50 100
Boda, % HUS MeMOpaHbI 10| BIUSHUEM
MEPEKUCHOTO OKHC-JICHHS JIU-
muoB (ITOJI), korma Tkp cHH-
JKaeTcs. DTO SABJICHHUE OOBICHS-
I — >xugkokpHuCTalIMUecKoe coc-  €ICSA YBEIWYEHHUEM COJEpKa-

tostnue, Omcmoi; Il — mBydasmas  wus Boawl B Oucioe. [Toyemy
CUcTeMa: BOI[a-6PICJIOI>1HLIC CTPYK- 3TO HpOI/ICXO,III/IT?

typer; 11 obmactp  cocy-
HICCTBOBAHUSA JJaMEJUIAPHBIX nu
reKCaroHajJbHbIX CTpPYKTYyp; [V —
renb. TKp — KpuBas TeMIIEpaTypbl
(azoBoro mepexona.

memnepamypa,
3

Puc. 21. ®a3oBas auarpamma
CMECHU SIMYHOTO JIE[IUTHHA C BOLOH

I'mapartamus Oucios 3aBu-
CUT OT TMPHUCYTCTBHS 3apsKCH-
HBIX (ochonmumoB, Hamboee
CHJILHO OHa BO3pacTaeT IpHU
uaayknun  [1OJI.  O6pa3syro-

50



HIMeCs B KAYECTBE MPOMEXKYTOUHBIX MPOJAYKTOB THIAPOIIEPEKUCH SIBIISI-
IOTCSI BBICOKO THAPO(QHUIBHBIMH, OHH 3 (EKTHUBHO pa3pyLIaloT OMCIIOH,
YBENMYUBAs TOCTYITHOCTh TUAPOPOOHBIX TOMEHOB MEMOpaHBI I MO-
nekyn Boabl. Umenno no 3tuM npuduHaMm 110JI uMmeeT Takoe «paspy-
HIMTENFHOE» BIMSHIE HA MEMOpaHHBIE CTPYKTYPHI.

B momeHT (azoBoro mepexona OHCIOS MPOUCXOIUT HECKOIBKO OJHO-
BPEMEHHBIX COOBITHIA: BO3PAcTaeT MOABMKHOCTH TOMAPHEIX -N'-(CHs)s-
TPYIIIT;, YBEIMUYMBACTCS BpalatenbHas noasmkaocts C-C cBsizeld, 4To npH-
BOAUT K OOJIETYECHHUIO MpaHCc-eoul IEPEXoaa U 00pa30BaHUI0 KMHKOB; YBe-
JIMYIHBAETCsl CKOPOCTH NatepaibHoi muddy3un Moiekyn (puc. 22). Crnenct-
BHEM DTOT'O SIBIISTFOTCS JIBA BaYKHBIX OOCTOSITENLCTBA: M3MEHEHHE TEOMETPH-
YECKUX Pa3MepoB OUCIIOs, KOTOPOE OOBSICHSETCS JlaTepalbHbIM pacIivpe-
HHEM IUIONIA/IN, 3aHUMaeMON KaXKIIOH MOJIEKYJI0i (hOCQOIUITHIOB, YBEIH-
YeHHeM THAPOGOOHOTO 00BeMa MEMOPAHBI.

— Obicmpo

—— > MEOAEHHO T l Tm=22°C

Puc. 22. Cxemarnueckoe n3o0paxeHue yeTbipex (pa3oBbIX
COCTOSIHHH JIaMEJUISIPHOTO OHCII0s1, 00pa30BaHHOTO YHCTHIM
TUMEPHUCTOMIIHOCHATHIITXOJIHHOM

CrioniHast cTpeiika 0003Ha4yaeT ObICTpble (IOpsAKa MHHYT WM MCHBIIE), a
MyHKTHUPHAS — MEJICHHBIC (TIOPSIIKA MECSIIIEB) TICPEXO/IbI.
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Puc. 23. Paznenenue a3 B rereporeHHoM 6uciioe (A) ¢ OMHOBPEMEHHBIM
(ha3oBEIM epexomoM dactu oucios (b) mox BIusSHIEM TeMIlepaTypsl

W3-3a HEOQHOBPEMEHHOCTH MPOSBIEHUS 3THX CBOWCTB B XOJe
($ha30BBIX TIEpecTpOeK OHucIosa Oojiee ymopsAaoUYeHHBIC 00JIaCTH MEM-
OpaHBI COCYIIECTBYIOT C YK€ pacIUIaBICHHBIMH — HaOmomaeTces da-
30BO¢ pazneneHue (puc. 23).

B sTux ycnoBusx mms MeMOpaHBI XapaKTepHO CYIIECTBOBaHHUE
pasHoTO poja AeheKTOB, HHAYIUPYIONNX B3aUMOJIecTBHE OelKo-
BBIX MOJICKYJI JPYT C JPYTrOM, BCTpanBaHWE B OHCION COCTUHEHUN,
MOBBIIIEHUE TPOHUI[AEMOCTH ISl HOHOB | T. .

da3oBBIe TEPEXOABI, HHAYIUPYEMBIE TeMIlepaTypoi, — 0OBeK-
THBHAsl XapaKTEePUCTHKa OUCIOS, COCTOSIIETO W3 OJHOTO WIH He-
CKOJIBKUX (He Goublne 2—3 KOMIIOHEHTOB). B cilyyae reTeporeHHbIX
CHCTEM METOJbI PETUCTPAINHU AAIOT PE3YJIbTAThl, HE MMOJA0IIHECS
OXHO3HAYHOW HHTeprupeTanun. Pa3oBble Mepexonpl B MeMOpaHe
WHIYIUPYIOTCS HE TOJBKO M3MEHEHHSIMU TemmepaTypbl. OHU Mo-
ryT OBITH BBI3BaHBI CABUTOM pH cpenbl, 3MeKTpUYeCKUM NMOTEHIIHA-
JIOM, IBYXBaJEHTHBIMH KaTHOHAMH, CTIOCOOCTBYIOIUMH 00pa3oBa-
HHUIO KJAcTEpPOB OMNPEACICHHBIX (OCPOIUNHIOB U Pa3NEICHUIO
¢da3; da3zoBbie Mepexobl TAKKE COMPOBOXKIAKT JACHCTBUE TOPMO-
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HOB Ha Ononormveckne MemMOpaHsl. TakuM 00pa3oMm, Hcclie0BaHuE
TEPMOTPOITHBIX IEPEXOI0B UMEET HE TOJIBKO TEOPETUUECKOE 3HAYE-
HUE: aHaJOTHYHbIE MEePEeXOAbl OCYLIECTBISAIOTCS B OHMOIOTHYECKHUX
CUCTEMAX MNPHU MOATOTOBKE XHMBOTHBIX K FH6CpHaHI/II/I NN BBIXOAEC
U3 3UMHEH CIIAYKH, IpU TE€pMoOaaanTaguiax, agarnTaliuu MUTPUPYIO-
IKUX PHIO K MOPCKO BOAE H T. A.

Kpome mepexona Tuma «renb — KUAKAA KPUCTAIID JTUMHIBI MO-
T'yT IpeTepreBaTh NPeBpalleHus IPyroro pojaa, NpUBOIsIINe K 00-
paszoBaHMI0 rekcaroHaiabHO# ¢a3sl Hy (puc. 20). Ot HeOucnoitHbie
CTPYKTYPHI JIETKO 00pa3yoT KOPOTKOIenoYedHbie (pochomunuasr ¢
MOJISIPHBIMU TOJOBaMH (Hampumep, ¢ocharuamincepus, pocdarun-
Has kucioTa). O6pa3oBaHUI0 TeKCaroHaJIbHBIX CTPYKTYP CIIOCOOCT-
BYIOT TakKHe SBJICHUS KaK MOBBIMIEHUWE TEMIEpaTypbl, YBEJIHUCHUE
HEHACHIIIEHHOCTH XUPHOKHUCIOTHBIX IEIeH, BEICOKasi HOHHAS CHIIa
npu meaouHoMm pH, a Takke moHuxkeHue runparanuu oucnos. Ile-
pexoll OTAENBbHBIX y4acTKOB Ouciosa B ¢asy Hj mpuBomut x Hapy-
IIEHUIO IEJIOCTHOCTH MeMOpaHbl, HOPMHUPOBAHUIO KAHAIOB MPOHHU-
[1aeMOCTH, 00pa30BaHUIO Ae(EKTHHIX 30H.

B uckycctBeHHbIX MeMOpaHax ObUIM 3aperuCTpUPOBAHBI Iepe-
XOABI TAKOTO pojia. B HATHBHBIX MeMOpaHaX, BEPOSITHO, OHH TaKKe
MOTryT 00pa3oBbIBaThCs. Jlisi MeMOpaH XJIOPOIJIAaCTOB Iepexoliam
Ouciosa B rekcaroHanbHyo Hj—¢asy npunuceiBaeTcsi BaxkHas pery-
nsTopHas poib. [IpenmnonararmT, 4To B MeMOpaHax capKoIUIa3MaTH-
YECKOTO PETHKYyJIyMa MBIIII TaKhe IMepeXOoJbl MOTYT HHIYIHPO-
BaThCS B pe3yybTare (GepMEHTATUBHOTO OOMEHA XUPHOKHUCIOTHEI-
MU LEMAMH MEXIY AJUHHOLENOYECUYHBIMU (oCchHaTUIUICCPUHOM H
KOPOTKOIIEMOYeYHBIM (HOoCchaTHIUIXOIHHOM.

B memOpanax syOaxTepuil oOHapyXuBaeTcs OONbIIOE KOJHYE-
CTBO JIMIUJA, CKIOHHOTO K 00pa30BaHHUIO I'€KCATOHAIBHBIX CTPYK-
Typ — IJIa3MeHWIdTaHoaMuHa. [IpeBpaiieHue ero B riauuepoare-
TaIBIIa3MaIOTeH MpPemsITCTBYeT obOpaszoBanmuio ¢a3er Hy. OO6part-
Had pe€akKludA, BbIpaXarwliasacsa B YBCIWYCHUUW HCHACBINICHHOCTH
MEMOpaHHBIX KOMIOHEHTOB U «PAa3pPbIXJICHUU» €€ CTPYKTYpBI, HH-
Iynupyer obpa3zoBaHUE TeKcaroHalIbHO# (as3sl B MemOpane. Kak
yXe yIOMUHAJIOCh, TeKcaroHainbHas (a3za mMoxxet obnerdats uumn-
(1).]101'[ MMePexXoabl JUIMUIHBIX MOJICKYJI.
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4.2.7. BUOJIOITHYECKHE OYHKIIUN MEMBPAHHBIX JINTIH][OB

MHUKpOBSI3KOCTh M (pa30BbIe EPEXOIbI JTUMUAO0B OMPEEISIOT QyHK-
IUOHATBHYIO JUHAMHYHOCTh MeMOpaHbl. COBEpIIEHHO OYEBHIHO, YTO
JUIMUAHBIA COCTaB Pa3InYHBIX MEMOpaH He SBISETCS CIy4alHBIM, OJI-
HAaKO YAOBJIETBOPHUTEILHOTO OOBSICHEHHS 3TOMY ()CHOMEHY He Haiie-
Ho. Knerounast MmemOpana MoxeT conepxath O6osee 100 pa3HbIX TUIIOB
JUNUAHBIX MOJIeKyJl. [loueMy X Tak MHOTO M [ToYeMy Kakaas MmeMmOpa-
Ha MMEET YHHUKAJIbHBIN JMIIUIHBIA COCTaB, OKa HesicHo. Ho ctaHoBUT-
csl Bce Oosiee OUEBUIHBIM, UTO JIMMHIBI aKTUBHO YYaCTBYIOT B IpOLIEC-
cax, IPOTEKaIINX B MeMOpaHax. PaccMoTpum HekoTopble (aKTOpBI,
BO3MOXXHO, TIPEAOTPEICISIONINE JIUMTUIHBIA COCTaB MEMOPaHHI.

1. CMech nUNHIOB 005A3aTENBHO JOKHA OBITH CIOCOOHA 00pa3o-
BaTb CTAOWJIBHBIA OHMCIIOH, B KOTOPOM MOINH OBl ()yHKIHOHHUPOBATbH
Oenku.

2. HexoTopble JHMIUABI CIOCOOCTBYIOT CTaOMJIM3allMU CHIBHO HC-
KPHUBJICHHBIX YYaCTKOB MeMOpaHbl, OOpa30BaHMIO KOHTAKTa MEXKIY
MeMOpaHaMH WM CBSI3BIBAHHUIO OINPENEJICHHBIX OEJKOB, IOCKOJBKY
(dopma 3THX MOJIEKYJ OJaronpUsATCTBYET HY>KHON yIaKoOBKe OWCIIOS Ha
COOTBETCTBYIOIINX y4acTKaX MEMOpPAaHBI.

3. HexoTopsie TUNUIBI SBIASIOTCS BaXKHBIMU OHMOPETyIATOpaMHU.
Hawnbonee n3ydena B 9TOM OTHOIIEHUH PETYJISTOPHAS POJIb MPOU3-
BOJHBIX (QocPaTUIUIMHO3ZUTONA B IUIA3MaTHYECKUX MeMOpaHax
KJIETOK 3yKapuoT. Hekoropsie MeMOpaHHbBIE JIHIHABI SBISIOTCS
OpeAIIeCTBeHHUKAaMH BTOPUYHBIX IOCPEAHMKOB IpU Iepenade
TOPMOHANBHOTO cuTHana. Tak, hochaTunmimuo3uton-4,5-6ucdoc-
¢dat (PUD,) nox aeiictBuem pepmenta pochonrunussl C THAPOITHU-
3yercs Ao auaunuiariauuepona, JAID, akTuBaTopa NpOTEMHKHHA3bI
C, u nnosuroiu-1,4,5-tpuchochara (Ud;) — perynsaropa Kampiiue-
Boro oomeHa B kietke (cM. paznen 8). JAIl', UD;, npoTrenHknHasa
C u Ca’ — yuactHukyM (OCHOMHOZUTONBHON CHCTEMBI Hepenadn
CUTHaja, MPHUYEM JBa IEPBHIX 00pa3yroTCs U3 MEeMOpaHHBIX KOM-
MOHEHTOB, TPETUH SIBISIETCS MEMOPaHOCBSI3aHHBIM OEIKOM, a I0-
ciaeqHu# (KaJdbLUUi) — SBJISIETCS HOHOM, MPOHUKAIOIINM Yepes3 Clie-
LuajJbHblEe KaHAJIbl HA KJIETOYHOH MeMOpaHe M 3aIllyCKaIOIIUM 3TOT
nporecc.
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4. HexoTopble JIMIH/IBI yYACTBYIOT B peaknusx Ouocunresa. Hanpu-
Mep, B KileTKax E. coli pocharnaunrinuepos mocTapiseT ruuepodoc-
¢batHBIl (pparMeHT NpH OMOCHHTE3€ MEPUILTa3MAaTHYECKUX OJIUrocaxa-
PHIOB.

5. OtaenbHbIe TUMUAABI HEOOXOAUMBI AJIS TIONACPKAHUS ONTUMAaIIb-
HOW aKTUBHOCTH psda ¢pepmentoB. OHU GopMuUpyroT cpeny A QyHK-
LMOHMPOBAaHUSI MEMOPaHHBIX OEJIKOB, CIIOCOOHBIX NMPHHUMATh HATHB-
HYI0 KOH(pOpMaNrio JUIb B THIAPOGOOHOM OKpykKeHHH. BriieneHnble
n3 MeMOpaH (epMEHTHI, JTUIIEHHbIE JIMIHIHOTO OKPYXECHUS, KaK Ipa-
BUJIO, HE MPOSIBISIOT KaTaJIUTUYECKOW aKTUBHOCTHU, MM M3MEHSIOT ee
npu u3MeHeHun ruapododHocTH cpenbl. TakoBa, HApUMEpP, MUTOXOH-
JpualbHasi KpeaTHHKWHAa3a, pepMeHT, KaTaln3upylomuil o0pa3oBanue
kpeaturdocdara. [y nposBiaeHns ee HOPMaJIbHOM aKTUBHOCTU TpeOy-
eTcs B3aMMOJICHCTBUE C KapAMOJIUIIMHOM BHYTPEHHEH MeMOpaHbl MU-
TOXOHJPHH.

6. T'anrnmo3uap! (IMUKOJIMIIUABI), KaK IOJaraloT, UTParoT BayKHYIO
POJIb B PETYJSLHUH POCTA KIETOK, SIBISIOTCS CHELM(DUIECKUMH peLer-
TOpaMH B TUIa3MaTHYECKOH MeMOpaHe W OTBETCTBEHHBI 32 KIIETOUHYFO
aIre3uIo.

7. Kpome TOro, HEKOTOPBIE JIMIH/IBI BBIIONHAIOT «SIKOPHYI0» (DyHK-
[IUI0, HaIlpUMep, K MoJeKyje (HochaTuamINHO3ZUTONA Yepe3 OIUroca-
XapHl MOTYT TPUCOEIUHSITHCS crienduieckue OeKH Hapy>KHOU To-
BEPXHOCTH KJIETKH — obpaszyercs ¢ochaTuauaIMHO3UTONT KA. [Ipu-
MEp TaKOIo 3asKOPEHHOro OesKa — alleTHIIXOJIMHACTepas3a, KaTalu3u-
pyromas TUAPONIN3 aleTHIXOIMHA B CHHANITHIECKOH menn. JToT ¢ep-
MEHT (UKCHUpyeTcs Ha MOCTCHHANTHYEeCKOH MeMOpaHe, KOBaJCHTHO
npucoenuHssACh K (pocharnaumuHozuronrnukany. [Ipu ydactum ¢oc-
¢domumazer C (TUAPOTM3YIOMIEH MeMOpaHHBIC JIUMHBI) MOXKET IIPOUC-
XOAUTh MoAM(UKAKsi MeMOpaHbl M OT/AENeHHE OCNKOB OT BHEIIHEH
MOBEPXHOCTH KIIETKH.

8. Jlumuapl MOTYT OBITh AIOCTEPHYECKHMHU aKTUBATOPAMH MEM-
Opannbix pepmentoB. DepmenT nmporenHkuHaza C KaTanu3upyeT peak-
muu GocdopuaupoBanus O0enkoB. B HeakTuBHOH (hopMe MPOTEHMHKHUHA-
3a C Haxogutcs B nuto3oisie. OQHAKO MOcie CTUMYJISLUM KIETKU (TI0-
BBIIIEHUH B KJIETKE KOHIIEHTPALWHU KaJbIHs) (pepMeHT OBICTPO aKTHUBH-
pyeTcsi MOHAMH KaJblMs M OKa3bIBaeTCAd CBA3aHHBIM C MeMOpaHOM.
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OYHKIMOHAIFHO aKTHWBHAs NpoTenHknHa3a C — KOMIUIEKC, coneprka-
muid MoHOMeEp (hepMeHTa, MOJIEKYJTy AUAMITIALEPOIIa, OAUH Ui 60-
Jiee HOHOB KaJlbLUS M YeThIpe MOJIEKYIbI pocdaTruannceprHa.

OKCIEpUMEHTAIBbHO OBUIO MOKAa3aHO, YTO OPTAaHU3MBI YaCTO MO-
T'YT BBIACPKUBATH, IPUUYEM 0€3 BCSKUX MOCIEACTBUH, CYIIECTBEH-
Hble U3MEHEHUs JIMMMUIHOTO cocTaBa MeMOpaH. Hanmpumep, ¢ momo-
IIbI0 TEHETUYECKONW TpaHCHOpMaLUKU MOKHO MOJYUYUTh KU3HECIIO-
coOHbIl mTamMM E. coli, B MeMOpaHax KOTOPBIX COIEPKUTCS IO
34% docdaTuaHON KUCIOTHI, OOBIYHO OTCYTCTBYIOLIEH B IITaMMax
nukoro Tuma. O4eBUJHO, TOT JIMIUJHBIA COCTaB, KOTOPBIA Xapak-
TEepeH [JIs MTaMMOB JUKOTO THUIIA, HE SBISETCA 0053aTEIbHBIM IS
BBDKMBaHUA KJIETOK, MO KpaliHeH Mepe, B YCIOBHUAX UX BbIpallnBa-
HUs B 1a0opaTopuu.

4.3. YITIEBO/JbI MEMBPAH

Hpyroii MeMOpaHHBI# KOMIIOHEHT, YIJ€BOAbI, B COCTaBE MEM-
OpaH OOHapy>XKMUBAIOTCS JIMIIb B COCIMHCHUU C OenkaMu (TIUKO-
OPOTEHHBl M MPOTEOTNIMKAHBI) M JUOUAAMH (TJIIMKOIUNUIBI). B
MeMOpaHax TIIMKO3WINpoBaHO okono 10% Bcex OenkoB W OT 5 10
26% nununoB (B 3aBUCUMOCTH OT 00BeKkTa). B wuciae yrieBogHbIx
KOMIIOHEHTOB — IJII0KO3a, TaJlakTo3a, HelpaMUHOBas KUCIOTa, Qy-
KO03a ¥ MaHHO3a.

B cocTraBe coennHUTENPHON TKAHW U MEXKKJIETOYHOTO BEIIECTBA
00HapyXUBAIOTCS MPOTEOTIUKAHBI: YIJICBOJHBIE KOMIOHEHTHI B
HUX cyinbdaTtupoBansl. X TUNHYHBIMU NPENCTABUTEISIMH SIBISIOT-
cq XOHJIPOUTHUHCYIbdAT, fepMaTaHCyIb(daT 1 remapancyibdar.

VYrieBonHbIE KOMIIOHEHTH MEMOpaHHBIX CTPYKTYp B IIOJaB-
JAAOIEM OOJIBIIMHCTBE OTKPBHIBAIOTCS BO BHEKJIETOYHYIO Cpemdy.
Wx QyHKUOMH CBSI3aHBI C KOHTPOJIEM 3a MEXKKJICTOUHBIMH B3aHMO-
NEeWCTBUSIMH, OAAeP)KaHNEM HMMYHHOTO CTaTyca KJIeTKH, o0ecrie-
YeHHUEM CTA0OMILHOCTH OEKOBBIX MOJIEKYJ B MeMOpaHe.

B kauectBe Hanbonee pacpOCTPaHEHHOTO NMPHUMeEpPa TIIMKOIPOTEU-
HOB OOBIYHO MPUBOJAAT UMMYHOTJIOOYJIMHBI KPOBH, HO 3TO HE MEMOpaH-
HbI€ TJIMKONPOTEUHbI. TUIMUYHBIM NPUMEPOM 2AUKOKOHBIO2AMOE, BbI-
NOJHSAIOUINX CBOM (DYHKUIHMH B COCTaBe MEeMOpaH, SIBISIOTCS aHTUTEH-
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HBIE IETCPMHHAHTHI SPUTPOIMTOB PAa3IUYHBIX Pyl KpoBu. OHU Ipe-
CTaBJICHbI KaK TJIUKOJMIIUAAMH, TaK W TIUKOMPOTEHHAMH, B YHCIE KO-
TOPBIX — OEIIOK TTTUKO(OPHH.

OdeHb BaKkHA POJIb YIIEBOJAHOTO KOMIIOHEHTa OEITKOBBIX MOJie-
Kyl B (GOpMHpPOBaHMH creuupuuyeckux ¢GyHKIHH MeMOpaHHBIX
0enkoB W AUNUAOB. MHOrHE OEIKOBBIE MOJIEKYJBI, 0COOEHHO OHO-
JOTHYECKHN aKTHBHBIC BelllecTBa (HampuMmep, HEHPOMENTUIbI), CHH-
TE3UPYIOTCS B BHUJE KPYIHBIX, HEAKTHBHBIX MPEIIIECTBEHHUKOB,
KOTOpBIE 3aTeM pAaCIIEIIAIOTCS CleNHuPUUIeCKUMU TpoTea3aMu ¢
GOpPMHUPOBAHUEM «3PENBIX» OMONOTHYECKH AKTHBHBIX MPOJYKTOB.
JesTensHOCTh POTea3 KOHTPOIUPYETCs] YPOBHEM TIIMKO3UIMPOBA-
Hust OenkoB. Tak, MHOTHE OCIKHM, CHHTE3UPYEMbIC BHadaje Kak
TJIUKOMPOTEHWHBI, B JalbHEHIIEM B pe3yibTaTe npoyeccunaa Teps-
10T OJTUTOCaXapUIHYIO YacTh.

4.4. MEMBPAHHBIE BEJIKH — OCOBEHHOCTH CTPOEHHA

Ecnu nunuael — OTHOCUTENBHO HU3KOMOJICKYJISIPhIE COCTUHEHUS C
MoJIeKyJIIpHBIM BecoM okosio 1000 mampToH (1 kmmoganeToH, k/la), To
0eJIKH OTHOCSITCS K BEICOKOMOJIEKYJISIPHBIM COeMHEeHUsIM. X Moeky-
nsapHbii Bec gocturaet 1000 x/la u Gonee.

BenkoBble 1enu COCTOSAT W3 PA3IMYHBIX aMHUHOKHUCIOT, HUMEIO-
MUX WU THAPOMHUIBHYIO, N TUAPOPoOHYI0 mpupoay. benkosas
IeTb BKJIIOYAeT COTHH AaMHUHOKHCIOTHBIX OCTaTKoB. OTaenbHBIE
OeNKu pa3IuYaloTCs MEXIY CO00 HE TOJIBKO MO YHCIYy aMUHOKHC-
JIOTHBIX OCTAaTKOB, HO U MO UX CTPYKTYpE U MO MOPSIAKY CleaoBa-
HHS OPYT 32 ApyroM. OU3NKO-XUMHIECKHNE U OMOJIOTHIECKHE CBOM-
cTBa OejKka OMpEeAeISIOTCS UMEHHO MOCJIE0BATCIIbHOCTRI0 aMUHO-
KHCJIOTHBIX OCTAaTKOB B €€ IIeIH, TO €CTh CBOSH MEePBUYHOU CTPYK-
Typoii. B pactBOpe OenkoBas Ienb He HMeeT (OPMY BBITIHYTOU
HATH, a YaCTHYHO 00pa3yrT oa-cuupais. Mexay -C=0O u -NH
TpyHIaMu, €CIU OHU JOCTATOYHO OJIM3KO MOAXOIAT IPYT K IPYTY,
BO3HUKAIOT BOJOPOIHEIE CBS3HM, KOTOPHIE MPHUAAIOT YCTOWYHBOCTH
ciupanbHbiM yuacTkaMm: -C=0....H-N-. [IpoTskeHHOCTh crupaib-
HBIX YYaCTKOB ONPEACIISICTCS BKIIYCHUEM B OEJIKOBYIO LEMb aMU-
HOKHCJIOTHI MPOJIMHA, B 3TOM Y4acTKe 00pa3yroTcst U3THOBI.
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HekoTopbsle aMHHOKHUCIIOTHI MJI0XO0 YKIAABIBAIOTCS B CHUPAIN H
BO3HHMKAaeT TaK Ha3bpiBaeMmas P-ckiamudaras ctpykrypa. Kpome Toro,
OCTaTKM LMCTEHHA, Ja)XX€ PacloJioKeHHbIe Ha OOJBLIOM pPaccTof-
HUU JPYT OT JIpyTa, MOTYT CIIUBATHCSA MEXAY cO0O¥ KOBaJCHTHBI-
Mu S—S cBsa3siMu. B pesynbraTte O6enkoBas MojeKyjia CBOPauUBaET-
Cs1 B KOMIIAKTHYIO rnoOyny. I'moOymnsipHas CTpyKTypa xXapakTepHa
I 0e’aKkoB, GYHKIIMOHUPYIOMUX B TUAPOGUIBHON cpene (B MUTO-
nnazme). Mmerorcs u 6enKku, KOTOphle B CHIIYy OCOOEHHOCTEH aMu-
HOKHCIIOTHOTO COCTaBa (B YaCTHOCTH, HHM3KOI'O COJEpIKaHHUsS MpO-
JWHA) TPUHUMAIOT (GopMy MIUHHBIX (QUOpUIT (duOpHILISpHEBIC
Oenku).

IMockonbKy (yHKLHN OETIKOB ONPEENSIOTCS OCOOEHHOCTSIMU HX CTPYK-
TYpBl U YHAKOBKH, Y4€HbIE 00palaoT 0co00e BHUMAaHWE Ha 3TO 0OCTOs-
TEJbCTBO. Pa3nuuaroT HECKONBKO BUAOB OENKOBBIX CTPYKTYD, PasiIM4aro-
HIMXCs IO CNoKHOCTH. [locnenoBaTenbHOCTh aMUHOKUCIIOT Ha3bIBAIOT TEp-
BHUYHOH CTPYKTYPOH, TIOCKOJIBKY HMEHHO OHA BO MHOTOM OIpEENsieT CBOH-
cTBa OeKoBOM MoneKybl. [lo-BumuMoMy, IMEHHO B TIEPBUYHON CTPYKTYpe
«3anmrcaHa» nH(opMarys o ToM, Kakast OyieT BTOpHYHAs CTPyKTypa Oeka,
COCTaBJICHHAS U3 O-CITUpaiel 1 B-ckiia oK. benkoBeie rmo0yIsl paccMaTpu-
BAaIOT KaK MpPUMEp TPETUYHOW CTPYKTYphl — Ha €€ YpoBHE (opMmHpyeTcs
criermdryeckas (epMEHTaTUBHAS, PELENTOpHAs U IPYTHUEe BUABI aKTUBHO-
cTu OenKkoBoil MoneKynbl. [Ipu accolpanyyu HECKOJIBKUX 00y ompese-
JIEHHBIM 00pa3oM MexIy co0oit 00pa3yercs YeTBepTUIHAs CTPYKTYpa, IIpH-
oOpeTarolasi CIoCOOHOCTh TOHKOHW Peryisiimy OenkoBbIX (GyHKmmi. Kak
MPOUCXOAUT 00pa3oBaHNe OEITKOBBIX acCOIMATOB MPU (POPMHIPOBAHHHN HET-
BEPTUYHOM CTPYKTYpBI?

Ecny nonsipHBIX y4acTKOB B MOJIEKYJie O€JIka HeIOCTaTOYHO ISl TO-
T0, YTOOBI H30JUPOBATH TUAPOPOOHBIE YUACTKH TIAO0YIIBI OT CONIPUKOC-
HOBEHUSI C BOJIOM, TO YacTh M3 HUX OKa)XeTCs Ha MOBEepXHOCTH. J{Js To-
r0, YTOObl YMEHBIIUTH HEBHITOJHBIE KOHTAKTHI C BOAOH, TUAPOGOOHbIE
Oenkm 00pa3yroT accoIMaThI, COCTOAIINE U3 HECKOIBKUX CYOhEIUHUIL.
HMeHHO Takoe CTpOEHHE MMeEeT MOJABISIONIee YUCIO0 MeMOpaHHBIX
0ENKOB, TMO3TOMY MOXKHO THPEANOJIOKHTE, YTO B UX COCTABE NPeol-
Jaal0T AMUHOKHUCIIOTH ¢ HENOJSIPHBIMH pagukanamu. st psna Mem-
OpaHHBIX 0EITKOB 3TO ACHCTBUTEIHHO CIIPABEIHBO.
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Puc. 24. Crpykrypa rmuKonpoTernHa

MoJexyna TITUKONPOTEHHA COCTOUT M3 OEIKOBOTO OCTOBa, K KOTOPOMY
IPHCOEAMHEHBl CaxapHble LENoYkd. JTMHa M cocTaB IEMOYEeK MOTYT
BapbUPOBATh. 3AITPUXOBAHHBIMH (UTypaMHd O0O0O3HAUEHBI pagUKaIBI
AMUHOKHUCIIOT.

BaxHblii OeNKOBBI KOMIIOHEHT MeMOpaHbl — TIHKOMPOTEHHBI —
OENKOBBIE MOJIEKYJIBI, COAEPKAIINe YTIEBOAHbIE Ienodyku (puc. 24).
[Tepudepudeckue OeIKH WIM JOMEHBI MHTETPAIBHBIX OCIKOB, PacIo-
JIOKEHHBIE HA HApY)KHOW MOBEPXHOCTH MEMOpaHbI, OYTH BCETa TIIu-
KO3UJIMPOBAHBI.

VYTrneBomHBIE IMEMOYKH TIUKONMPOTEHHOB HUMEIOT Pa3sHOOOpa3HYIo
CTPYKTypy. POnb TMHKOMPOTEMHOB B KHU3HH KJIETKH MHOT000OpasHa.
Hexoropsle U3 HUX UTPalOT poib (PEepMEHTOB, APYyrue o0JIagaroT rop-
MOHAJIBHOW aKTUBHOCTHIO. [IpeamomararoT, 9ro ogHa U3 QYHKIUH MIpo-
1ecca TIUKO3MINPOBAHUS — 00EeCTIeYUTh BO3MOXKHOCTh O€lIKaM, CHHTe-
3UpOBaHHBIM B ammapare [oibaKu, TpaHCHoOpTa depe3 KIeToY-
HyI0 MeMOpaHy. [ THKOTIPOTEHHBI, PacIONOKEHHBIE Ha MTOBEPXHOCTH

59



KJIETOK, OTBETCTBCHHEI 3a TAKHME BAXXHBIC ITPOLICCCHI, KAK B3aMMHOE€ pac-
MO3HaBaHME KJIETOK — C UX MOMOIUIbIO KJIETKH MHOTOKJIETOYHOI'O Opra-
HU3Ma YCTaHABJIMBAIOT MEKKIETOUHbIE KOHTAKThl. OHH, TO-BUIUMOMY,
TaKXKe CIyXaT MaTeprajioM, CKJIEHBAIOLINM KJIETKH OJHOTO THIIa MEX-
oy coboil. [IpenmonaraiT Takxe, 4TO OT CTPYKTYphl [NIMKOIPOTEHHOB
3aBHCAT yCTOMYMBOCTh U MHOTHE IPYyTrHe CBOMCTBA KIETOUYHOW MOBEPX-
HocTH. ['nuKo3unmpoBaHHbIE Oenku 00JIANAIOT PE3UCTEHTHOCTBIO K
MPOTEONIN3Y M TIOITOMY MMEIOT OOJNBINYIO JUIUTEIHHOCTD KU3HHM. | H-
KOIIPOTEHMHBI, HAXOASIINECS HAa TIOBEPXHOCTU 3PUTPOLIMTOB, ONpEeAes-
0T TPYIILY KPOBH.

4.4.1. JOKAJIU3ALUA U T[10/]BH)KHOCTbD BEJIKOB B bHCJIOE

Mewmbpansl cogepxar ot 20 mo 80% Oenka (mo Becy). [Ipu 3tom B
pasHBIX MeMOpaHaX KOJMYECTBO OENKOB CYIIECTBEHHO pPa3IndaeTcs.
Tak, B MeMOpaHax MUTOXOHIPHI Ha JOJIO OEIKOB MPUXOIUTCS OKOJIO
75%., a B ma3MaTu4ecKoi MeMOpaHe KJIETOK MHUEITMHOBON 00OJIOUYKH —
oxoJo 25%. Tak Kak JUIMHATHBIE MOJIEKYJIBI UMEIOT HEOOIBIION pazMep
(5 A) 1 HeBBICOKYIO MOJIEKYIISAPHYIO Maccy, UX uncio B 50 pa3 Gosbiie
yrcia OeMKOBBIX MOJIEKyJ. [loaToMy OEnKOBBIE MOJIEKYJBI KakK Obl
BKpAIUICHBI B JTUIUIHBINA OUCIONH MeMOpaHEI.

benku paznmyaroTcs o CBoeMy TOJIOKEHHIO B MeMOpane (puc. 25).
Moekynbl GeTKOB MOTYT TIyOOKO NMPOHHUKATh B JIMIHUIHBIN OUCION H
MPOHU3BIBATE €r0 (MHTErpasIbHBIE OENKH), THO0 MPUKPEIIATHCSI K MEM-
Opane pasHbpIMH crocobamu (nepudepudeckue Oenku). [lepudepudae-
CKHe OENKH OTIMYAIOTCS OT WHTErPAbHBIX MEHBIIEH ITyOuHOM mpo-
HUKHOBEHHS B OWICIION U OoJiee CIa0bIMU OENOK-JTUIHIHBIMU B3aMMO-
NEeHCTBUSAMH (TO €CTh MEHBIIIEH 3aBUCUMOCTBIO OT Oncios). [lepudepn-
yeckre OeNKM MOTYT O0paTHMO MEHSTh CBOW CTaTyC, MPHKPEIUISSCH K
MeMOpaHe Ha omnpejesiecHHOe BpeMsl (Takue OCKH Ha3bIBalOT aMuria-
TH4ecKuMH). [Ipukperuisiice Kk MemMOpaHe, OHM B3aUMOJEHCTBYIOT JTHOO
C MHTETPAJbHBIMU OEJKaMH, JIMOO ¢ MOBEPXHOCTHBIMH yYacTKaMU JTU-
MUIHOTO OHCII0s, TPHOOpeTast HOBBIE cBoicTBa. [leneHne MeMOpaHHBIX
OenkoB Ha mepudepudeckre U UHTETPANbHBIC ONpeNesIeTc UX CTPYK-
Typoii, KOMNIEeCTBOM THAPO(GOOHBIX aMUHOKHCIIOT M MX PACTIOIOXKESHH-
€M B [IEPBUYHOM CTPYKTYpE, TO €CTh BCEMH TEMH CBONCTBaMH, KOTOpPHIE
obecrieunBalOT B3auMozelcTeue Oenka ¢ Oucioem. s amdunatuye-
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CKUX OCJIKOB HMMEIOTCS CIEIHMaIbHbIE CHUTHAJbI, CTUMYJIMPYIOIINE UX
acCOIMAIMI0 ¢ MEMOpaHOW (4acTO TaKUM CHTHAJIOM SIBIISETCS UX (oc-
¢dopunrpoBaHue crenupUIeCKUMA KHHA3aMHU, M3MEHSIOIIEe HX Tpe-
TUYHYIO CTPYKTYPY U THAPO(POOHOCTH, TOUHEE — THOTPOMHOCTH). K Ta-
KuM OeJikaM, HalpuMep, OTHOCAT MpoTeMHKUHA3y C, (pakTopbl CBEPTHI-
BaHUS KPOBH.

benku, oOpa3syromnie KOMIUIEKCHI C WHTETpadbHBIMH OenkaMu (K
HUM OTHOCHUTCS PSII IHIIEBAPUTEIbHBIX (EPMEHTOB, YYaCTBYIOIIHMX B
THIIPOJIM3Ee KpaxMana M OEJKOB), MPUKPEIUISIOTCS K HHTErPATBbHBIM
OemkaM MeMOpaH MHUKPOBOPCHHOK KuIledHWKa. llpumepamm Takux
KOMITJIEKCOB MOTYT OBITh caxapa3a-u3oMaibrada U MallbTa3a-TIHKOa-
munasza. [lonspHble WK 3apsDKEHHBIE JOMEHBI OCITKOBOW MOJIEKYJIBI
MOTYT B3aUMOJICHCTBOBAThH C MOJSAPHBIMH «T'OJIOBAMWY JIMITUIOB, 00pa-
3ysl HOHHBIE U BOJIOPOJTHBIE CBSI3U.

Hapy:xHasi n0BepXHOCTh MEMOPAHBI

BHyTpeHHsisi HOBEPXHOCTH MeMOpaHbI

Puc. 25. Jlokanu3zamus 0enkoB B MeMOpaHax

TpancmemOpanusle Oenkn: 1 — TTUKOQOPHH, 2 — peHenTop aapeHalInHa.
IToBepxHOCTHBIE OETKH: 3 — OENKHU, CBSI3aHHBIE C MHTETPATEHBIMU OeIKaMu
(cykumHatmeruaporenasa); 4 — O€JKH, NMPUCOCOMHEHHBIE K IOJISPHBIM
«roNOBKaM» JHMNUAHOTO cnos (mporemHkuHaza C); 5 — Oenkwy,
«3asgKOpeHHbIe» B MeMOpaHe C IOMOIIbI0 KOPOTKOTO TUAPOPOOHOTO
KOHILIEBOTO JIoMeHa (LIUTOXPOM bs); 6 — OEJIKH «3asiKOPEHHBIe» B MeMOpaHe
3a CYeT JKMPHOKUCIOTHOTO pajuKaia, KOBAJEHTHO IPUCOEANHEHHOTO K
OemkoBoit Mosekyne (G-0emok).
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A MHTepecHbIil IpUMeEp pery-
JIMPYEMOI'0 B3aUMOJEUCTBUS C
// MeMOpaHoll ObUT  OOHapykeH
NPy W3YyYCHUH aMUHOKHCIIOT-
HOW IIOCJIEOBATENILHOCTU UH-

Ve
Membpanrg

N C
N\ 3 TaKTHOH (OPMBI MUKPOCOMHO-
%%/ % ro muroxpoma bs (puc. 25).
T ° N DroT GENoK yyacTBYeT B pas-
N C N JIMYHBIX OKHCIUTEIbHO-BOCCTA-
B 7 %f// HOBUTENIPHBIX DPEaKIsIX B Ka-
Z ‘/ / 4eCTBE IIEPEHOCUUKA DJIEKTPO-
c N ¢ HoB. Ero oTHOCUTENBHO KOpPOT-
KU y4acTOK MENTUAHON Ienu
BOM3H KapOOKCHIIHHOTO KOHITA
COCTOMT CILIONIb U3 TUAPOG0O-
HBIX aMHUHOKHUCIOT. Ecimu «rup-
pOodOOHBIH SKOPB» YIATUTH C
MOMOIIBI0 TPOTEOJN3a, TeM-
CBS3BIBAIOLINI TOMEH TepsieT CBSA3b C MEMOpaHOW M BBICBOOOXKAAECTCS B
cpeny.

Jloxanu3oBaHHBII B MeMOpaHe THAPO(OOHBIN TOMEH WIIN «SIKOPH»
SBJISIETCS €Ile OJAHUM XapaKTEPHBIM DJIEMEHTOM CTPYKTYphl MeMOpaH-
HBIX 0enkoB. C MOMOIIBIO TAKOH CTPYKTYPBI IPOUCXOIUT 3aKpEIUICHHE
nepudepruIeckux OCIIKOB B MeMOpaHe.

CornacHo KiacCH(HKaIMK, HWHTETPAbHBIE OENKH MPOHHU3BIBAIOT
JTUNUAHBIA Oucioi. PasMep HHTErpaiabHBIX MeMOpaHHBIX OEJIKOB B
cpenneM coctasiser 80 A, Ho BcTpeuaroTcs U Gosiee KpyHHbIE GEIKH —
10 350 A BenmumHOlt (6€10K TUIAKOMIOB XJIOPOIIIACTOB). OOBIYHO 3TH
Oenku  00JIaaloT BBIPAXXCHHOM aCUMMETPHEH U, COOTBETCTBEHHO,
aCHMMETPHYHO PACHOJI0KEHB B MeMOpane (puc. 25).

HexoTopslie n3 TpaHcMeMOpaHHBIX OETKOB IPOHU3BIBAIOT MEMOpaHyY
onuH pa3 (TaukoOpHH) — OUTOMUYECKUE, APYTUE MMEIOT HECKOJIBKO
YYacTKOB (JIOMEHOB), TOCJICIOBATENBHO MEPECEKAIOIINX OUCIOi — To-
muTonmdeckue (puc. 26). MoHoTOomMYeckne OCIKW OTHOCATCS K TIEPH-
depuaecknm benkam (puc. 25).

b

—

.

Puc. 26. MonoTtommueckas (A),
ouronmueckas (b) u momm-
tormueckas (B) mokanuzanms
0enkoB B MeMOpaHe
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Paccmotpum OGutonmudecknii 610K — TMKO(OPHUH M3 MEMOpPaHBI
SPUTPOLUTOB. B €ro aMHMHOKHCIOTHOH MOCIeN0BaTeIbHOCTH OBLT 00-
HapyXeH KOPOTKUH y4acTOK, COCTOSIIIMN M3 23 HEMOJSAPHBIX aMHHO-
KHCJIOT, PAcIOJIOKEHHBIH MPUMEPHO B cepenuHe lend. VccnenoBanus
MOKAa3aJH, YTO MOJIEKYJIa TIIMKO(QOpPHHA MOJHOCTHIO MMPOHU3BIBAET MEM-
OpaHy, mpuuYeM MOTpY)KEHHBIII B MeMOpaHy ruapooOHBIN Yy4acTOK
UMEET O-CIUPATIBHYIO CTPYKTYPY.

[MpumMepoM TOJHUTONMUYECKUX OENKOB SIBISIOTCS TPAaHCIOPTHBIC
AT®a3pl, OakTepuopoaorncul. Jns OGakTepuopoaoNCcCHHA U3 MEM-
opansl Halobacterium halobium 1o JaHHBIM PEHTTEHOCTPYKTYPHO-
ro uccienoBanus (HOTOCUHTETUIECKUX PEAKIIMOHHBIX [[EHTPOB Oak-
Tepuil OBUIO MOKa3aHO, YTO €ro MOJIEKyJla COJEPKUT HECKOJIbKO
0.-CIIMPAJBbHBIX YYacTKOB, MOCJEAOBATENbHO IMEpPECeKaloumnx Ouc-
noit (puc. 27).

MHorue MmeMOpaHHbBIe OENKH COCTOAT M3 JBYX YaCTEH: U3 yYacTKOB,
OoraTelX MOJISIPHBIMH aMHHOKHCIOTaMH, M YYacTKOB, OOOTaIlleHHBIX
HETIOJIIPHBIMU aMUHOKHUCIIOTaMH. OTH O€NKHM YIakoBaHBl B MeMOpaH-
HBIH OUCIION TaK, YTO WX HETIOJSPHBIC yYaCTKA KOHTAKTHPYIOT C THIPO-
(OOHBIMH yuacTKaMu OUCITOA.

N c c N
> CHapymm
O\ Fal O N O\ O )
© [~ c
g s E %%"n
e &, "'%
c| s R "‘/4;
N N c “yr“'
/ Helipamunnaaia
8upyca rpunna ) CyGueaniinua peuenyopa
IpUTPOUMTAPHBIA BUETHNXONUHA |

T nuxodhopun N Genok nonocs: 11 Ebiuni POAONCHH
Peuentop NHN Uuroxpom bg
Tamenan uens HLA-A Peuentop scuanornukonpoTenta

TeMarrnioTusuK BUpyca rpunna  Peuentop Tpascdheppuma
BaKTepuansHan NWABPHAA NenTuRasa
WreapuanTHan yens HLA-DR

Taldel

Puc. 27. UnTerpanbHble Oeku MeMOpaH, colleprKaliiyie
ot 1 1o 12 TpaHCMEMOpaHHBIX JOMEHOB
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AHanu3 aMHUHOKHCIIOT HEKOTOPBIX MEMOpaHHBIX OENKOB IOKazal,
YTO OHHU COZAEp)KaT MPUMEPHO CTOJBKO K€ MOJISIPHBIX aMHHOKHCIIOT,
CKOJIbKO M OOBIYHBIE BOJIOPACTBOPUMEBIE OENKH, TEM HE MEHEe B BOZE
OHH PACTBOPSAIOTCS O4eHb IT0X0. [IpuunHa ux ruapodoObHOCTH KpoeT-
csi HE B CaMOM aMMHOKHCIIOTHOM COCTaBe, a B IOpSJAKE YeperloBaHUs
aMUHOKHCIIOTHBIX OCTaTKOB — THAPO(OOHBIE aMUHOKHCIOTHBIE Paj-
KaJIbl HE PacCesHbI BJIOJIb TIO MOJUNENTUIHON IIeTH, a CKOHIIEHTPUPO-
BaHBI B THIPO(HOOHBIE TOMEHBI.

Hexoroprle MemOpaHHBIE O€JKH YBEIMYHMBAIOT CBOIO TUAPO(HOO-
HOCTbH C MTOMOIIBIO KOBANEHMHOU C853U C JUNUOHBIMU KOMNOHEHMamu
Membpan. DT OCNKU UCTONB3YIOT i1 O0Jiee MPOYHOTO KOHTAKTa C
6ucinoeM MupucTUHOBYIO Ci4.0 WM TATBMUTHHOBYIO Cig.¢ JKUPHBIE KH-
CJIOTBHI WM TTUKO3UIA(POCHaTUANINHO3UTOIN. benku, cBI3aHHbIE C KHUP-
HBIMH KHCJIOTaMH, JIOKATH30BaHBI, B OCHOBHOM, Ha IUTOIIa3MaTHUe-
CKOM TMOBEPXHOCTH IIA3MaTUYECKO MeMOpaHbl, a OeJIKH, CBSI3aHHBIE C
TIIMKO3MI(GOChHaTHIMITNHOZUTOIOM — HA HAPYIKHOM.

B cTpykType MHOTMX MeMOpaHHBIX OEIKOB, KaK IMPaBHIIO, YETKO
pa3MyaroTCsl y4acTKH, OTBETCTBEHHBIC 32 WX OMOJIOTMYECKYIO aKTHB-
HOCTh. OUeHb YacTO OMOJIOTUYECKH AKTHBHBIH Y4acTOK COCTOMT IIpe-
UMYIIECTBEHHO W3 TOJISIPHBIX aMUHOKHCIIOT, TOT/Ia KaK HE aKTHBHEIE
JIOMEHBI TTOCTPOEHBI, TJIABHBIM 00pa3oM, C y4acTHEM aMHUHOKHCIOT C
HETIOJISIPHBIMU pagukanamu. [109ToMy BEpOSTHO, YTO IMOJSIPHAS YacTb
MeMOpaHHOTo Oeka KOHTAaKTUPYET C HUTOIIAa3MON U € TOJISIPHBIMHU TO-
JIOBaMH JIMIIUOB U oOecrieurnBaeT (yHKIIMOHAIBHYIO aKTHBHOCTH O€ll-
Ka, a HEMOJISIPHAS YacTh CBS3BIBAETCS C YIIIEBOAOPOJHBIMHU HETISIMH JIH-
NHUIHBIX MOJIEKYJ U 00ecreyrBaeT CTPYKTYPHYIO YCTOHUYHMBOCTH MOJie-
Kynbl. OHAKO Takoe NPaBUJIO HE SBIISIETCS YHUBEpCANbHBIM. Tak, Oen-
KM, TpeBpamaonme ruapopodHsie cyOcTpaTsl (K HUIM OTHOCSTCS, Ha-
npuMep, THAPOKCHIIAa3bl HE PaCTBOPUMBIX B BOAHOU (aze KCeHOOMOTH-
KOB) MMEIOT ruApodoOHbIE KapMaHbl, KOHIEHTPUPYIOIINE MOJIEKYJIBI
cyberpaTta mia ero dhepMeHTaTHBHOM Momudukarmu. TakuMm oOpazom,
MBI BUJIUM, YTO MEMOpaHHbIE OEJKH OOBIYHO CBS3BIBAIOTCA C MEMOpa-
HOH C TMOMOIIBIO HEKOBAJICHTHBIX B3aUMOAEHCTBHH IBYX THIIOB: —
anekmpocmamuyeckux (Ha YPOBHE MOJIAPHBIX TOJIOB (OCOIHUIHAIOB) U
2uopoghodbHwix (B TOIMIIE OUCIION).
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Puc. 28. TIogBmXHOCTh KOMIIOHEHTOB OHOJIOTHIECKUX MEMOpaH

I — narepanbHast MOIBMXHOCTD JIMIUAOB B Oncioe, 11 — nmatepanbHast TOABHX-
HOCTh OenKkoBBIX MoJekyn, III — BpammarenpHas MOOBMKHOCTB, 1V — ¢uum-
¢IToTI IepEeX O JIUMUIHBIX MOJIEKYJI.

Bbenku B Oucnoe BecbMa JIaOMIBHBI M MOTYT COBEPIIATH PAa3INYHbIE
BUJIBI IBWKCHUH, IPH 3TOM TOJABMKHOCTH OETIKOB B OHCIIOE M MX acco-
nuanusi KoHTponupyercs tunugamu (puc. 28, I). Hekoropsie MmemOpan-
Hble OCNKHU TmepeMeniaroTcss BAoiaL Oucios (puc. 28, II). Hampumep,
¢dochonumnaza A, CBA3BIBASICH IUTOIUIA3MATUYECKONH IMOBEPXHOCTHIO
MeMOpaHBl, MOJKET JIaTepaIbHO MEPEMEIIaThcsl 10 TIOBEPXHOCTU OHCIIOS U
THAPOJIM30BaTh HECKOJIBKO ThICTY (hOCcOIUITIOB A0 TEX MOP, OKa HE IUC-
coruupyeT ot MeMmOpansl. Jlatepamsras quddy3ust HHTErpaIbHBIX OSTKOB
B MeMOpaHe OrpaHuMueHa MX OONIBIIMMHU pa3MepaMH, B3aUMOJEHCTBHEM C
JPYTUMH MeMOpaHHBIMU O€JIKaMH, a TAKXKe dJIEMEHTaMH LIMTOCKENeTa Win
BHEKJIETOUYHOro Martpukca. OIHaKo OHAa TaKKe MMEET BIIOJHE M3MEPUMYIO
BEJTMUYMHY.

BpamarensHas nogBmkHOCTH OenkoB (puc. 28, III) cBsa3ana ¢ ux
BpalLIEHUEM BOKPYT OCH, HEPIEHANKYISIPHONH TOBEPXHOCTH OHCIIOA.
[Mepudepuueckne Oenku OKa3bpIBAIOT MEHEE 3HAUYUTENbHOE BO3JEH-
CTBHE Ha COCTOSIHHME M MOJBMKHOCTH alWUIBHBIX Ienell docdonu-
nunoB. HampoTuB, uHTerpanabHble OCNKHM CHIBHO OIPAHHYMBAIOT

65



MOJBH)KHOCTh AHHYJISIPHBIX JUIINJIOB, KOTOPBIE HX HEMOCPEACTBEHHO
OKpYyXaloT B MeMOpaHe. [1o 3Toll mpuurHe aHHYJSPHBIE JTUIH]IBI Ha-
3BIBAIOT CBSA3aHHBIMH (MMMOOMIN30BaHHBIMU). OHHM MO CBOEMY IIO-
BEJCHUIO U NOABMKHOCTH OTJIMYAOTCS OT JIMIUJIO0B CyMMAapHOIO JIU-
NUAHOTO Owucios. benkoBble MOJEKYJBl OTPaHMYMBAIOT TIOJBUXK-
HOCTh NMPHUMBIKAIOIMINX K UX MOBEPXHOCTH JIMIHUAOB, U aHHYJSPHBIN
CJION OKa3bIBaeTcsl Oojee ymopsimodeHHbIM. KonnuecTBO CBSI3aHHBIX
JUTMHA0B 3aBUCUT OT HACBHIIIEHHOCTH MEMOpPaHBI OEITKaMH.

4.4.2. BEJIOK-JIMITUJHBIE B3AUMOJEUCTBUA

AHamn3 OeJIOK-TUIHUIHBIX B3aUMOICHCTBHN B MEMOpaHEe MO3BOJISICT
BBIZICIIUTH KOHTAKThHI 4 OCHOBHEBIX THIIOB (puc. 29).

1 Tum: Hauboiee 4yacTo pac-
MPOCTpaHeH ciydail, Korjaa
BHEIIPSIONTHIICS B Omcon Oe-
JIOK BBI3BIBACT JIOKAJIILHOE BO3-
pactaHue  YIOpsSJOYCHHOCTH
YacTH JUMHUIHOW Macchl (CO3-
JAaHWE AaHHYJAPHOTO  CJOfA).
Tak nmeicTBYIOT OakTepHOPO-
JOTICHH, TpaMUIUAWH (Tem-
TUAHBIN HOHOGMOp, YBEIHYIH-
BAIOLIMI MPOHULIAEMOCTb MEM-
OpaH JUIi WOHOB) M MHOTHE
JIpyrHe WHTETpalIbHbIE MeEM-
OpaHHBIE OCITKH.

2 Tum  nepudepudeckue
Oenmky, He TPOHWKAMIINE Ha
BCIO TIIyOMHY OHCIIOS, BBI3BIBAIOT JIACTHYECKYIO JAedopmMainio omaHoi
ero cropoHsl. Takoe BIUsIHNE Ha GPUIUKO-XMUMHUECKHUE MTapaMeTphl Ouc-
JIOSL XapaKTepu3yeTcsl ONMPEAeICHHBIM JalbHOIeiHCcTBrEeM. FIMEeHHO UM
orpenenseTcs 00JerdeHne B3anMOJICHCTBISI MEMOPaHHBIX PEeNTOPOB
C UHCYJIMHOM U APYTUMHU T'OPMOHAMMU.

3 TUN: B pe3yibTare SAPKO BBIpAXKEHHOU TUApodoOHOCTH Oenka Mo-
JKET TIPOUCXOJUTH Pe3Koe M3MEHEHHE TpaJueHTa KPUBHU3HBI U nedop-
Manuys OMCIIOs, YTO UMEET MECTO B CIIydae B3aUMOJCHCTBHS C MeMOpa-
HOW UTOXpOoMa bs.
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4 tum: coyeraHue ruApOoPUIBHBIX U TUAPOPOOHBIX CBOIMCTB OenKo-
BOW MOJIEKYJIBI MOKET OOECeYnTh HE TOJbKO HMPOHWKHOBEHHE Oeinka
yepe3 OUCIION, HO M CYLIECTBEHHOE JaBJICHWE Ha HETO, MPUBOISIIIEE K
M3MEHEHHUIO TeOMETPHH OHCIIOA — CXKMMAaHUIO OJHUX YacTel W yuIupe-
HUIO JpYTuX (Hampumep, B cilydae Oeska 3pUTPOLMTAPHBIX MeMOpaH
TJIMKO(OpPHHA).

4.4.3. OYHKUU MEMBPAHHBIX BEJIKOB

Kak mpaBuiio, iIMEHHO OEIKM OTBETCTBEHHBI 32 (DyHKIIMOHAIBHYIO
aKTUBHOCTh MeMOpaH. K Takum OeiakaM OTHOCITCS pPa3HOOOpa3HbIC
(dhepMeHTHI, TPaHCIIOPTHBIE OCJIKH, PelenTophl, KaHallbl, OeNKu, o0pa-
3YIOIMKE TOPHl (aKBAllOPWHEI), TO €CTh pPa3HOOOpa3HbBIE OCIKOBBIC
CTPYKTYPBI, KOTOpble 00eCIeYrBalOT YHUKAIBHOCTh (DYHKIMHA KaXI0H
MeMOpaHBI.

MeMOpaHHBIE OSTKHU IT0 OMOJIOTHYECKON POJTH MOYKHO pa3leinTh Ha
TPH TPYIIIBL:

I — Genku-pepmMenTs1, 006IaKAIOMINE KATATUTHUECKON aKTHBHOCTBIO,

Il — peneniropHble  Oenku, cHenNU(UYECKH CBS3BIBAIONIAE T€ WIIH
WHbIE BEIIECTBA,

III — cTpykTypHBIE OETKH.

I. benxu-thepmeHTh Hamboiee paclpoCTpaHEHBI CPEAN BCEX MEM-
OpaHHBIX OeNKOB. B MX 4HCIO BXOIIT Kak MHTETpalbHbIe (MEMOpaHHBIE
AT®a3m1), Tak U nepudepryeckue (aleTUIXOINHICTEPa3a, KUcias 1 mie-
novHast gocdaraser, PHKaza) Oenku. DepMeHTHI — OONBIIHE MOJIEKYIIBI,
B TO BpeMs Kak pa3Mepsl MOJIEKYJT BEMIeCTB (CyOCTpaToOB), BCTYAOIIIHX
B ()epMEHTATHBHBIC PEAKIMH, OOBIYHO B THICSIYM pa3 MeHbie. DepMeHT
B3aMMOJIEUCTBYET ¢ CyOCTpaTOM HEOONBIINM Y4YaCTKOM CBOEH IOBEPX-
HOCTH — aKTHBHBIM IeHTpoM. CrennuaHOCTh (pepMEeHTa Bcerna orpe-
JIeTISIeTCST TEM, HaCKOJIBKO TIOBEPXHOCTh €r0 aKTHBHOTO LEHTPA COOTBET-
CTBYET MOBEPXHOCTH cyOCTpaTa. DTOT MPUHLMUII CTPYKTYPHOTO COOTBET-
CTBUS TIOBCEMECTHO HCIIOJNB3YETCS U B paboTe OCKOB KIETOUHBIX MEM-
Opan. B nononHeHue K 7TOMy HaJ0 y4ecTh, YTO KOH(pOpPMALUsI BHEPSIO-
myxcsi B MeMOpaHy O€JIKOB 3aBHCHT OT MEMOPaHHOTO OMCIIOs, TaK YTo U
uX (epMEHTaTUBHAS AKTUBHOCTh KOHTPOIUPYETCS MEMOpPAaHHBIMH JTUITH-
JamMd. DTOT KOHTPOJIb MOXKET peaM30BaThca Onarogapsi Kak BIMSTHUIO
Ha CPOJICTBO K CyOCTparaM WM Ha WX JIOCTYITHOCTh, TaK M BO3/ICHCTBHIO
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Ha JUTMTENFHOCTD KHU3HU (IIPOYHOCTH) OENKOBBIX acCCOIAaTOB MeMOpaH-
HBIX ()ePMEHTOB, 00Pa3yIOIMXCs B KJIETOYHOU MeMOpaHe.

@®epMEHTHI BXOAAT B COCTAaB KaK IMIa3MaTHUYECKUX, TaK U BHYTPH-
KJIETOYHBIX MeMOpaH. Hampumep, Ha Hapy>XHOW MeMOpaHe SIUTENH-
aIbHBIX KJIETOK, BBICTWJIAIONIUX MUIIEBapUTENbHBIE OpPraHbl, UMEIOTCS
(epMEeHTBI, OCYIIECCTBISIOIINE PACLICIUIEHHE MUTATENbHBIX BEILIECTB
eIe IO TOro, KaK OHM MONagyT BHYTPb KIETKU (3TOT HPOLECC, OTKPbI-
TBI OTe4eCTBEHHBIM (u3noiaoroM A.M. YTONEeBBIM HOCHUT Ha3BaHHE
«MeMOpaHHOe THIeBapeHne»). HapyxxHas MeMOpaHa KJIETOK TMeueHH
coxepxut 6onee 20 pa3TUIHBIX PEPMEHTOB.

Membpanubie (pepMEeHTHI HYKJAIOTCS B KOHTAKTE C OKPYKaIOIUMH
ux gununamu. Korma mx M3BieKalOT W3 JUMUIHOTO OKPYKEHHs (Ha-
npUMep, KOTJa JUMUABL SKCTPArupyroTCsl U3 MEMOpPaHbl HENOISAPHBIMH
pactBoputesiMu), pabora MeMOpaHHBIX (DEPMEHTOB HapyIIaeTcs (Me-
HAIOTCS 0COOCHHOCTH KMHETUKU WM XapaKTepa BIUSHUS OCTOPOHHUX
BEILIECTB WM K€ BOBCE NpeKpaliaeTcs). AKTUBHOCTh TaKUX MeMOpaH-
HBIX ()EPMEHTOB YIAETCSI YACTHUYHO BOCCTAHOBUTH, €CIM K HUM J100a-
BUTH JIUMHHBIE MHIEUIBI. AHATN3 TMPUPOABI JHUIHIOB, aKTHBHPYIO-
KX MeMOpaHHbIe (DEpPMEHTBHI, JEMOHCTPUPYET OTCYTCTBHE CTPOTOH
crenn(pUIHOCTH - ONPEACISIONIUM SIBISETCS TMAPOPUIBHO-TUIIOPHUIIb-
HBIA KO3 QHUIMEHT TUNHUIHOW cMecH. B psne ciydaeB aKTUBHUPOBATH
JISJIUMTUAMPOBAHHBIN (EPMEHT yJaeTcs naxe nereprenrom. OqHaKo Ta-
KO peakTUBHPOBAHHBIN (DEPMEHT TepsieT CIIOCOOHOCTh BOCIIPHHUMATD
PETyINPYIOLINE CUTHAIbl U3BHE, KOTOPBIE YIIPABISUIM €ro paboToi B
(CKUBOI» MeMOpaHe.

AKTUBHUpYyIOLIee ACHCTBHE JHUIUAOB Ha MeMOpaHHBIE (DEpPMEHTHI
MOXeT ObITh II0 MEHbILEH Mepe ABOSKMM. Bo-IepBBIX, B MIPUCYTCTBUH
JIUTHIOB MOKET MEHAThCA (opMa MOJIEKYJIbI MeMOpaHHOTO (hepMeHTa,
TaK 4TO €ro aKTHBHBIA IIEHTP CTAHOBHTCS NOCTYITHBIM JUIs cyOcTpara.
Bo-BTOpBIX, TUOUIBI MOTYT UIPaTh POJIb OpraHU3aTOpa aHCaMOJS MU
KOHBeepa, COCTOSIIETO W3 MHOTUX (DEPMEHTOB.

Mozekynbl MeMOpaHHBIX (PEpMEHTOB COZIEpKaT OONbLINE HEMOJSIp-
Hble THAPOOOHBIE yuacTKU. [103TOMy B BOJHOH Cpelie OHU arperupy-
10T, M3-3a 4ero OoJplnasi 4acTh aKTHBHBIX LIEHTPOB Mackupyercs. B
MPUCYTCTBUU JIMIIUIOB MeMOpaHHBIE ()epMEHTHI OPTaHU3YIOTCS B aH-
camOJ1, OKpY>KEHHbIC aHHYJSPHBIMU JHIUAHBIMH MOJIEKYJaMHU, U UX

68



(epMeHTaTHBHAS aKTUBHOCTh MOXKET MPOSBUTHCS B TMOJNHOW Mepe. st
HOPMaJIbHOM paboThl MEeMOpaHHBIX (PEPMEHTOB CYLIECTBEHHO, YTOOBI
OKpY’Kalolllie WX JHUMUAB HAXOJWINCh B KHJIKOM arperaTHOM COCTOS-
HUH.

II. PertenTopHbiME OeIKaMU Ha3bIBAOT OCIKHU, CIICIIU(DUUECKU CBSI-
3BIBAIOIINE T€ WJIM MHBIE HU3KOMOJIEKYJIIpHBIE BemecTBa. [lpu cBA3bI-
BaHWW CTEIH(PUIECKUX JIUTAHJOB PEeIeNTOPHBIe OETKH 00paTHMO Me-
HSAIOT CBOIO (opMy. DTH M3MEHEHHs 3aIlyCKalOT BHYTPH KJIETKH OT-
BETHBIE XUMHUYECKHE PeaKkIHH. TakuM CrocoOOM KieTKa BOCIPHUHU-
MaeT pa3jNdHble CHUTHAJBI, IOCTYIAIOIINE U3 BHENTHEW Cpensl, U OT-
Be4yaeT Ha HUX. belaku-penenTopsl U OENKH, ONpeelsIonie HMMYH-
HYIO PEaKIHI0 KJIETKH, — aHTUI'€HBI, TaK)Ke MOTYT OBIThb KaK WHTe-
TpallbHBIMHU, TaKk U TepupepuIecKUMU KOMIIOHEHTaAMH MeMOpPaHbI
(puc. 25). YacTo pemenTopbl BXOAAT B COCTaB 0oJiee CIIONKHBIX MEM-
OpaHHBIX KOMIUIEKCOB, COJepXalluX OeNKu-UcCIoNHuTenu. Hampu-
Mep, XOJIMHOPELUENTOp BOCIPUHUMAET CUTHAT OT HelpoMenuaTtopa u
nepenaeT ero Ha OelloK-KaHaIoo0pa3oBaTeNb. JTa peaKIs OTKPhIBa-
€T MPOHUIIAEMOCTh MEMOPAHBI JUISI MOHOB HATPUS M Kajus U GopMHu-
pPyeT BO30YKIArOIIMIA TOTSHIUAI.

III. CrpykTypHBIE MeMOpaHHBIE OENKHM JUIIEHHI SIBHBIX (hepMeHTa-
TUBHBIX CBOMCTB, BO3MOXKHO MOTOMY, YTO B XHMHUYECKOM OTHOLICHUHU
OHU Mayo u3ydeHbl. VX mccnenoBaHue 3aTpyAHsETCS TIaBHBIM 00pa-
30M IBYMsI OOCTOSITENbCTBAMU. BO-NIEPBBIX, CTPYKTYypHBIE OENKH Kak
OBI «KHEMBI», TO €CTh, HE 001aMaf0T H3BECTHOW (epMEHTATUBHON aKTHB-
HOCTBIO. BO-BTOPBIX, CTPYKTYpHBIE OEIIKH UMEIOT B COCTABE CBOUX MO-
neKys1 oommpHble TuApodoOHbIe yuacTku. IIpu ouncTke oHUM Jerko 00-
pasyroT TECHBIE acCOIMATHl APYT C APYroM WK C JTUIHAaMH, 9TO 3a-
TPYAHSIET UX XapaKTEPHUCTHKY.

4.5. HUTOCKEJIET H I'TTHKOKAJIHKC MEMBPAH

CtpyKTypHbIe OelKH MeMOpaHbl CBA3aHBI CO CTOPOHBI LUTOILIA3MBI
C NpUMeMOpaHHBIMU O€NKaMH, CO3JAIOIIMMHU OCJIKOBBIE KOMIIOHEHTHI
murockenera CTpykTypa LUTOCKENETa JOBOJIBHO JaOWiIbHA, €ro Iepe-
CTPOMKHU MPOUCXOAT MOCTOSIHHO U C OOJIBLION CKOPOCTHIO. M3MeHunBa
Y CBS3b LIUTOCKENETa C MEMOPaHHBIMH OENTKaMH.
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HccnenoBana opueHTalusi OEIKOB IUTOCKEJIETa SPUTPOIMTOB, a
TaK)Ke OTHOCUTEIBHOE PACIHOJIOKCHHE WHIUBUAYAIBHBIX OCIKOB 3TON
CTPYKTyphl. B cocraB mutockenera BXomsaT 12 pa3nuyHBIX OEIKOB C
MOJIEKYJIIpHOW Maccoit oT 25 go 250 x[a (puc. 30). @yHKIIMU psina
OCJIKOB YCTaHOBJICHBI. DTH OEJKHU TMO3BOJSIOT CAeIaTh MEMOpaHbl 00-
Jiee YCTOWYMBBIMU 0€3 yTPaThl ONPEIeIEHHON MOIBUKHOCTH €€ KOMIIO-
HEHTOB, HEOOXOMUMOW Il oOecredeHus] TPAHCIOPTHBIX (QYyHKITUI
MeMOpaH. Hampumep, jKeCTKOCTh TIa3MaTHIECKON MeMOpaHbl 0e3bs-
JICPHBIX 3PUTPOIIMTOB CO3JaCTCS 3a CYET KOBAJIECHTHOTO CBSI3BIBAHUS
CTPYKTYpPHBIX OEIKOB C MHTETpallbHBIMU Oenkamu meMmOpaH. B ee co-
CTaB BXOJHUT TaK Ha3bIBAEMbIH «OEJIOK ITOJIOCHI 3» — HHTErPaIbHBIH
TJIMKONPOTEHH, KOTOPBI 00ECIIeYMBACT TPAHCIIOPT MOHOB 4epe3 Ouc-
noii. OTHOBpEMEHHO Yepe3 OENIOK aHKepUH OH CBS3BIBAETCSI C MOJIEKY-
JIAMH CHEeKTPHWHA, OCHOBHOTO O€JKa IHUTOCKEINeTa, 00pa3yIomero ABY-
MEPHYIO CETh, K KOTOPOH MPUKPEIUIAETCS aKTUH. AKTHH IIMTOCKEJIeTa
HE CYIIECTBYET B BHJE OTIENBHBIX TI00YJ, a o0pa3yer MUKpOQuia-
MEHTHl — OHH TIPEJICTABIAIOT COO0 COKpAaTHUTENBHBIA ammapar IUTO-
CKeJeTa.

C npoMEXyTOYHBIMU (PUIIAMEHTAMH ITUTOCKENIETa CBSA3aHA TAKKe : Ha-
pykHas simepHas MemOpaHa. OHU (PUKCHPYIOT TTOJIOKEHHUE SiIpa B 00beMe
IIMTOILIa3MbL. MUTOXOH/IPUH MIEPEMEIIAIOTCS B KIIETKE TAKXKE MPH YUaCTHH
ANIEMEHTOB IUTOCKeNeTa. K UTOCKeNneTy MpUMBIKAt0T MUKPOTPYOOUKH, 00-
pazyemble TPy TOJIMMEPH3AIUH TI00YISPHOTO OeNKa TyOy IHHA.

OcHOBHas1 poJIb MUKPOTPYOOUEK 3aKITI0YaeTCsi B 00eCIIEYeHHH TIPHMEM-
OpaHHOrO TPAHCIIOPTA BEIIECTB, CEKPEIMH, SHIOIUT03a. MUKPOTPYOOUKHU 1
MHUKPOQIIaAMEHTHI IIUTOCKENETa 00ECIIEIMBAIOT POTUBOACHCTBHE KIISTKU
W3MEHEHHI0 ee 00beMa M TPHIAIOT AIIACTHYHOCT, MeMOpane. bmaromapst
JTIMHAMUYECKUM CBOMCTBAM IIUTOCKEIETa M3MEHEHHS B €ro CTPYKType IO-
3BOJISIFOT KJIETKE MPOSBUTH TMOKO-3JIACTHYHBIC CBOMCTBA, U3MEHSTH CBOIO
¢dopmy. B Toli obOnacTy KIIETKH, TJie CIIEKTPUHOBAsS CETh Pa3pyIaeTcsi, MO-
I'yT 0Opa3oBBIBATHCS BISIYMBAHWS WM BO3HHKATH OTIIHYPOBBIBAIOIIAECS
YacTU KJICTKH.

Hannumne nurockenera odecreynBaeT AONOTHUTEIBHYIO MTPOYHOCTD
MemOpaHe. OgHAKO pONb CTPYKTYPHBIX OEIKOB HE OTpaHHYMBACTCS
Juinb GYHKIMEH OCTOBa, HA KOTOPOM KPEIATCS JUIHIbI U (PEPMEHTHI.
W3BecTHO, Hampumep, YTO CTPYKTYPHBIC OCIKH B3aMMOJACUCTBYIOT CO
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MHOTHMH HU3KOMOJICKYJISIPHBIMU COCJMHEHUSIMHU, B TOM uuciie ¢ ATO,
W MOTYT BJIHATH HA paboTy MeMOpaHHBIX (pepmeHTOB. [locTarouHo 3a-
MEHHUTH OJJHY aMHHOKHCIIOTY B COCTaBE CTPYKTYPHOTO OeiKa MUTOXOH-
JIpuil ajast TOro, YTOOBI HAPYIIUTh MHOTOATAITHBIA MPOILECC COOPKH
(hepMEHTOB MUTOXOHIPHATHLHOMN JBIXaTEIBHOM LIeIH.

Okpy>Kasi KJIETKy CO BCEX CTOPOH, MeMOpaHa BBIMIOJHSIET POJIb
MEXaHHYEeCKOr0 3amuTHOro Oaphepa. Hampumep, 4TOOB MpOKO-
JOTh KJIETKY C TOMOIIBI0 MHUKPOJJIEKTPOJa TpedyeTcss TOBOJBHO
Oonpmoe ycunue. [Ipu gaBIeHWM HIIBI JIEKTPOJa HA MeMOpaHy
OHa CHayaja CWIBHO Nporubaercs, W JHIIb 3aTe€M IPOPHIBAETCH.
HckyccTBeHHBIE TUMTUHBIC MeMOpaHbl MEHEE YCTOMYHMBEI. DTa Me-
XaHU4ecKasgs YCTOWYMBOCTH MEMOpPaHBI MOXET OIpPEAeNsThCS J0-
MOJTHUTEIbHBIMH KOMIIOHECHTAMH, TaKUMH KaK IIUTOCKENIET M TIIH-
KOKQJIUKC (BHEKJIETOUYHBIH MAaTPHUKC).

Puc. 30. [luTockeneT KIeTKH

A — cxeMa pacroJIoKeHHUs OCIKOB B IIUTOCKENIECTE SIPUTPOIUTOR: | — CIICKTPHH;
2 — ankepuH; 3 — Oenok momock 3; 4 — Germok moyock 4.1; 5 — 6emoK moI0CH
4.9; 6 — omuromep aktmHa, 7 — Oenok momockl 6; 8§ —rimkodopuH; 9 —

MeMOpaHa.
b — snextpodoperpamma 6enkoB murtockenera: 1, 2 — cunekTpussl; 2.1 —
aHKepWH; 5 — axkTWH;, 6 — HEUJSHTHPUIUPOBAHHBIA Oemok; 7 —

TpontoMuo3uH; 8—10 — rIMKO(GOPUHBI; OCTalbHBIE OCIKH 0003HAYECHBI
nudpamMu, COOTBETCTBYIONIMMHE MX MOJOKEHHUIO HA 3NIeKTpodoperpamme.
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['ukokanuKe mpeacTaBiIseT COO0H BHEITHHM 10 OTHOIIEHUIO K KJIe-
TOYHOH MeMmOpaHe cinoil. OH COCTOHUT M3 TIMKONPOTEHHOB, IPOTEOTIIHU-
KaHOB M TJIIOKO3aMHHOTJIMKAHOB M CBS3BIBACTCS C MEMOpPaHHBIMH
CTPYKTypaMH C TIOMOIIBIO CIIEHHAIBHBIX OEIKOB-pPElenTopoB, 00he -
HSISl IIUTOCKENET, MEeMOpaHy M BHEKJIETOUHBIH MaTpUKC B JHHAMHYE-
CKYI0, TIOABWXHYIO CTPYKTYpy (puc. 31). Kak moka3anu snekTpoHHO-
MHUKPOCKOIIMYECKHE HCCIENOBAHNS, NNINKOKAINKC UMEET BHJ PBIXJIOTO
BOJIOKHHCTOTO CJIOS TOJIMHOM 30-49 A, MoKphIBalomero BCro MoBepX-
HOCTb KJIETKH.

I D

Puc. 31. B3auMonelicTBie UTOCKENETA C ITTUKOKAITUKCOM

I — mporeornmukan, 11 — xommaren, III — ¢ubponexkTHH; 00pa3zyeT MIOTHYIO
ceTb, [V — MonekyIel akTrHa, V — HHTErpabHbIe OelTku MeMOpaHbI Trma 0e-
Ka MOJIOCH 3.
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B coctaB rimkokanukca BXOJST IOJIMCAXapUIHbIC LEMOYKH MeM-
OpaHHBIX WHTETpaJbHBIX OENKOB — TIIMKOMpOoTennoB. OHU conepkaT
TaKue yIJIeBOMBI, KaK MaHHO3a, TJII0K03a, CHAlIOBasl KUCIOTa U Ap. YT-
JIEBOJIHBIEC TE€TEPOIIOIUMEPBI TIIHKOKAINKCa 00pa3yloT BETBSAIMECS Iie-
MOYKH, MEKAY KOTOPBIMH PacIoIaraloTcsi CBOOOAHBIE TIIMKOJIUIHIBI 1
nporeornukanbl. ClIol TIMKOKaIMKca CHIBHO OOBOIHEH, UMEET Kelle-
00pa3Hy0 KOHCHCTEHITHIO, UTO 3HAYHTEILHO CHIDKaeT muddysuro pas-
JIMYHBIX BEIIECTB U3 KIETKH. 37IeCh )K€ MOTYT HAKaIUTUBATHCS BBIICIICH-
HBIE KJIETKOH THAPONUTHYECKHE (PEPMEHTHI, YIaCTBYIOLIHE BO BHEKJIIE-
TOYHOM PACHICTICHHN ITOJIMMEPOB (BHEKJIETOYHOE NHINEBAPEHUE) 0
MOHOMEPHBIX MOJIEKYJI, KOTOPBIE 3aT€M TPAHCTIOPTUPYIOTCS B KIICTKY.
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5. COBPEMEHHBIE ITOJAXO/JbI K UCCJIEAOBAHUIO
KJIETOYHbIX MEMBPAH

Knerounsie MmeMOpaHbl 1ake B KJIETKAaX OJHOIO THIA 3HAYUTEIHHO
OTJIMYAIOTCA JPYT OT ApYra Kak IO COCTaBYy, TaK U IIO OCYILECTBILiC-
MBIM UMH QyHKUIUsAM. 1o 3Toll mpuunHe epBOOUEPEAHON 3a1auei nc-
CIIEOBaHMsI OOBIYHO SIBISIETCS MTOMYUYEHUE KIETOUHBIX (pakiuidi B JOC-
TAaTOYHO YMCTOM BHUJE.

5.1. BBIJEJIEHHUE U XAPAKTEPUCTHKA MEMBPAHHBIX
OPAKI[HH

HccnenoBanue MmeMOpaH, Kak MPaBUIIO, CONPSDKEHO C MX OYMCTKOMH,
OpUYeM AUl KaKIOro THIIa MeMOpaH XapaKTepHbI CBOU YCJIOBHUS IIpe-
nmapaTuBHOTO BhIAeNeHus. HyXHO momoOpaTh ONTHMalbHBIE yCIOBHS
paspyLIeHHs] KIETOK U OTIeNIeHHS MeMOpaH, NpeACTaBISIONINX HUHTE-
pec, OT APYTUX KJIETOYHBIX KOMIIOHEHTOB. OcO00ro BHUMAaHHS 3aciy-
KHUBAIOT KPUTEPUHN YUCTOTHI BBIICTICHHBIX MEMOpaH.

Jns momydeHust MeMOpaH KISTKH CHadalla pa3pylialoT, UCIONb3Ys
OJIMH U3 CIEAYIOUINX METOM0B: OCMOTHYECKUN IIOK, pacTHpaHUe Hape-
3aHHBIX KyCOYKOB TKaHH C KBAapLIEBBIM CTEKJIOM WJIM CTEKJISIHHBIMH IIa-
pUKaMH WIN pa3MellbYeHHe TOMOTe€HH3aTOopaMM pa3iM4YHBIX THIIOB.
Meron pa3pylieHusl KJIETOK U AJIUTENbHOCTh 00pabOTKH BHIOMPAIOT B
3aBUCHMOCTHU OT THIIA TKaHH. bakTepuanbHble MPOTOIIACTHI U 3PUTPO-
IUTHl OOBIYHO MOJIBEPTalOT OCMOTHYECKOMY IIOKY. Msrkue TKaHu (Iie-
YeHb, MO3T) pa3pylIAlOT C MOMOIIbI0 CTEKJISHHOTO TOMOTEHH3aTopa
ITotTepa, Gojee TUIOTHBIE — HOKEBBIM TOMOTEHH3aTOPOM, KaOphl PHIO
pacTUparoT ¢ KBapIEBBIM IIECKOM.

Ecnu nonmyuyeHHy!0 IMyTeM TOMOT€HHU3aI[Mi CMECh OpPraHelll U MeM-
OpaHHBIX (parMEeHTOB MOJABEPrHYTh LEHTPU(YTUPOBAHUIO, TO YacTH-
Ibl, IMEIOLINE PA3IMYHYIO IUIOTHOCTh U pa3Mephbl, OyAyT OCa’kAaThCs C
pa3inuyHON CKOpOoCThio. IIpyn MOCTOSHHOM LEHTPOOEKHOM YCKOPEHHUH
CKOPOCTb OCAXIEHHUs OyJeT MpsIMO MPONOPLUOHAIBHA Macce YacTHIl U
PasHOCTH MEXAY UX IJIOTHOCTBHIO U MJIOTHOCTBHIO CPEABbI.

PazpymenHbie kieToYyHbIE MEMOpAHBI CIOCOOHBI 3aMBIKATHCA U
00pa3oBBIBaTh My3bIPbKU (Be3uKyibl) auamerpom 0,3-3,0 mxm. B
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KadecTBe MpUMepa MOXHO MPHUBECTH 1) MHKPOCOMBI, TIOJydaeMble
U3 MJIa3MaTH4ecKoil MeMOpaHbI, SHIOMIa3MAaTHYECKOTO PETHKYIY-
Ma (OP) unm crmeumanu3MpoOBaHHBIX CHCTEM; 2) CyOMHTOXOHAPH-
aJbHBIC YACTHUIBI M3 BHYTPEHHEW MHTOXOHJIPHUAIBHON MEeMOpaHBI;
3) cunantocoMbl, oOpasyroniuecs MpU OTPbIBE HEPBHBIX OKOHYA-
HUH B 0OJAcTH CHHAaNTHYECKUX KOHTAKTOB; 4) OaxTepHanbHBbIC
MeMOpaHHBIE BE3HUKYJbI, 00pa3yromuecs: U3 IIa3MaTUIECKOH MeM-
Opansl E.coli.

Besukynbel 00pa3yloTcst 1 U3 Apyrux MeMOpaHHBIX CHUCTEM, Halpu-
Mep, u3 MeMmOpaH annapara I'onsmxu. HekoTopsle MeMOpaHBbI, B 4acT-
HOCTH, MEMOpaHbl OOKOBBIX MOBEPXHOCTEH COMPHUKACAIONTUXCS APYT C
JOPYTOM >KHBOTHBIX KJIETOK, HE 00pa3yroT Be3uKyl. [Ipu paspyuieHun
TaKUX KJIETOK HMPOHUCXOAUT OTPBIB Maphl CMEKHBIX MEMOpaHHBIX (par-
MEHTOB, YAEPKUBAEMBbIX BMeCTe 00JIaCTbI0 KOHTakTa. Hammume Takmx
KOHTaKTOB TpeJ0TBpalacT 3aMblKaHue (parMeHTOB B BE3UKYJIBI, TO-
3TOMY MeMOpaHbI BBLACIAIOTCS B BUAE IUIACTUH WM JIEHTOOOpa3HBIX
CTPYKTYD.

B Tabnuiie 6 nmpuBeAeHbI TaHHBIE O pa3Mepax W IUIOTHOCTH Pa3iind-
HBIX OpTaHeIlT U MOJIy4aeMbIX U3 HUX ()parMeHTOB.

Tabmuma 6. KiieTodHbsie KOMITOHEHTHI TICUSHH KPBIC

Opaxnus Juamerp PexuM ocaxkaeHust PaBHoBecHast
yacTull, | YckopeHue, | Bpems, | IUIOTHOCTb,
MKM g MUH r/em’
Ilenbie KIeTKH 15—-20 600 15 1,20
SAnpa 3-12 600 15 1,32
Annapar I'onbxu
KpYyTHBIE (PparMeHTHl 1-3 2000 20 1,12-1,16
BE3UKYJIbI 0,05-0,5 14500 15 1,06-1,14
MuroxoHapuu 0,7-1,1 10000 25 1,17-1,21
JInzocomsl 0,4-0,8 10000 25 1,12-1,16
[lepoxoBaTbsie MUKPOCOMBI 0,05-0,2 14500 25 1,13-1,25
['mankue MUKPOCOMBI 0,05-0,3 14500 25 1,06-1,23
[Tna3zmatudeckre MeMOpaHbI
KpYTHBIE (PparMEHTH 3-20 1500 15 1,15-1,19
BE3UKYJIbI 0,05-0,3 14500 30 1,07-1,19

BunHo, 9TO eciau roMoreHaT Kakou-1u00 TKaHU HeHTPUPYTHPOBATH
¢ HeOOJBIINM yCKOpeHueM (Hampumep, B pexume 600 g, 15 muH), TO
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OCSIIYT TOJBKO sifipa M Hepa3pylICHHbIE KIETKH, IMPHU OOJIBIINUX YyC-
kopeHusx (10000 g, 15 MUH) MOXHO OCaauTh QPaKLHUIO, cOAEpKa-
Y0 MOPEUMYIIECTBEHHO MHUTOXOHJPHUHU, a 3aTe€M — CMEIIAHHYIO
MUKpocoMainbHyto (pakiuio. [Tocie MeHTpUPYTHPOBAHHS B PEXKH-
me 100000 g, 1 gac) B cymepHaTaHTe OCTAIOTCS TOJBKO PacTBOPHU-
Mble Oenku (Ppakuus IUTO30Is1); Bce MeMOpaHHBIE (parMeHTHI
BBIIAZAIOT B OCAaJOK. MeTon M30MpaTeNbHOr0 OCAXKIEHUS KIIETOU-
HBIX ()parMeHTOB HA3BIBAIOT METONOM Iu(depeHINATLHOTO IICH-
TpuyrupoBaHus, a IoJy4aemMble C €ro MOMOMIbIO Ipemaparbl —
CYOKIJIETOYHBIMH (PaKIUIMH.

@paknuu, MOTyYeHHBIE MPU OJHOKPATHOM IIEHTPU(YTHPOBAHUH,
HUKOT/Ia He OBIBAIOT YACTHIMH. Tak, MUTOXOHIpHANbHAS (paKusl Kpo-
M€ MUTOXOHJAPHN U UX (pparMeHToB OyIET COAEpKaTh B Pa3IHMYHBIX KO-
JIMYEeCTBaX JHM30COMBI, BE3UKYJbl, 0Opa3oBaHHbIE M3 IUIA3MaTHYECKOI
MeMOpaHbl 1 MeMOpaHn DP). Pe3ynbraTsl (pakIMOHUPOBAHUS 3aBUCST
0T croco0a pa3pylIeHHs], cOCTaBa Cpelbl U THIA KJIETOK, TaK KaK 3TH
(baxTOphI OMpeneNAoT XapakTep pa3pbiBa MEMOpaH U, CIIEA0BATENbHO,
pasMepsl obOpasyrontuxcst ¢pparmenToB. [locie BeimeneHUS CyOKIeTOU-
HBIX (Qpaknuii HEOOXOIUMO UX HACHTU(PHUIUPOBATH U MPOBEPUTH CTe-
NeHb 3arpA3HEHHOCTH JPYTUMH OpraHemaaMu. s 3Toro mpuMeHsoT
HECKOJIBKO METO/IOB.

[Mpu BeIsicHeHMH MOPQONOTUH MeMOpaHHBIX (pPakUuil BaKHYIO
POJIb CHITPANIU ABAa METOAA: OUPPAKYUS PEHMECHOBCKUX yHell U dNeK-
mpouHnas mukpockonus. Ho ciemxyer umers B BUAY, YTO IIPU BBISCHE-
HUU JE€TANBbHON KapTHHBI MOJIEKYJISIPHOW OpraHHM3alMd MeMOpaH o0a
9THUX METOJA CTAJIKUBAIOTCS C PSIOM OTpaHUYCHUH.

Muxpockonuio ¢ ($Ha30BbIM KOHTPACTOM INPUMEHSIOT B IEPBYIO
odepens Il UAeHTU(DHKAUU saepHON (pakuuu. MUTOXOHIpPH-
aJpHBIC (parMeHTBHl WJIM BE3WKYJBI mepoxoBaTtoro OP, comepxa-
1€ Ha CBOEH MOBEPXHOCTH PUOOCOMBI, JIETKO PAacIO3HAIOTCS MOP-
(dhomorndecku.

Onpeoenenue akmugHocmu mapkepHvix gpepmenmos. epMeHT MOKET
CITy’KHUTbh MapKepOM OIPEAEIICHHOTO THIIa MEMOpaH, €ClI OH IPOYHO CBSI-
3aH ¢ MEeMOpaHOI, He MHAKTUBUPYETCS IPH BBLIETICHUN AaHHOU (paKuuu
U JIOKaJIN3yeTCsl HCKITIOUUTENTLHO B IAHHBIX OpTraHelliax.
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K coxanenmto, MHOrHME MapKepHble (epMeHTH (Hampumep,
Na/K-AT®daza. 5-HykieoTuaasa, CyKUHHATIETHAPOreHa3a) MpH
BBIJICJIEHUH UM XPAaHEHUU MOTYT Te€pATh aKTUBHOCTh. KpoMme Toro,
OOJIBIIMHCTBO BCTPOCHHBIX B MeMOpaHy (EepMEHTOB XapaKTepHu3y-
eTcd aCUMMETPUYHOMN JoKalu3auuel akTuBHOro ueHrtpa. [lo aToi
OpUYMHE UX aKTHUBHOCTH B 3aMKHYTBHIX ()parMeHTax 4acTo He yjaa-
€TCs ONPENEeNIUTh M3-3a HENOCTYIHOCTH It cyOcTpara. JTO Tak
Ha3pIBaeMas «JaTeHTHas aKTHBHOCTH (hepmeHTa». OHA MOXKET OBITh
BBIIBJIEHA B NMPUCYTCTBUU HU3KMX KOHIIEHTpPALUM JeTepreHTa WUiu
noHO(OpPOB (TUMA amaMeTHINHA), 00pa3yIONIUX KPYIHbIE KaHAJHl B
3aMKHYTBIX MEeMOpaHHBIX Be3WKynax. B Ttabnume 7 mTpuBEneHBI
MapKepHble ()epPMEHTHI Pa3TMYHBIX CYOKIETOYHBIX (ppakiuii.

Tabnwma 7. bBroxuMudeckne MapKephl Pa3IMIHBIX KJIETOYHBIX MEMOpaH

Opranema

Buoxumuueckuit Mapkep

[MnasmaTnueckas MmemOpaHa

DHIOIUIA3MATHYECKHI
PETUKYIIYM
MuroxoHapun

Hapy»Has MeMOpaHa

MaTpHKC

BHYTpPEHHsIS1 MeMOpaHa
Amnmapar I'onbxu
JIuzocombl
Iepokcucomsr
MeMmOpaHsI EeT0YHON KaeMKH
CHHANTOCOMBI

Na, K-AT®a3za, 5’-Hykineoruaasa,
aJICHWIATIUKIIa3a

I'nrok030-6-ocdarasa, 1UTOXpoM-Pyso,
HAI®H-neruaporenasa, UTOXpoM bs
MOHOaMHHOOKCHIa3a
MaJlaTIeTHAPOreHa3a

LUTOXPOM ¢ OKCH/Ia3a, CYKIMHATACTHAPOreHa3a
YV 1®-ranakrozunrpancepasa

kucnast pocdarasa, KHCIbIE THIPOIIA3kI
Karasasa

renovHast docdarasa, caxapasza
AIETUIIXOIMHICTEPA3a, AUETHIXOINHOBBIE
peLenTopsl

Jis onpeneneHUs] MPOUCXOXKICHHUS TONW WIM MHOM CyOKJIETOYHOM
(paKIuy WK CTETIEHN €€ YHCTOTHI HEJOCTATOYHO HCIIOJIb30BaTh OIHMH
TECT, a >KeJaTeIbHO MMETh MOAPOOHOE ONMHMCAaHWE TOIY4YeHHOH (pak-
uu. B To ke Bpems, onpesenss aKTUBHOCTh MapKEPHBIX (hEPMEHTOB,
MOXKHO OIICHHTh CTENEHb 3arpsS3HEHHOCTH HCIIONB3yeMoi (pakiuu
MeMOpaH MPUMECSIMH.
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5.2. METOIbI HCCIE/IOBAHUA MEMEPAHHBIX CTPYKTYP
5.2.1. JUDPAKLIHA PEHTTEHOBCKHUX JIVYEU

OTOT METOA B NMPHUMEHEHUM K HM3YUYEHHMIO BBICOKOYIOPSIOYEHHBIX
KPUCTAJUIMYECKNX OOpa30BaHMI TO3BOJISIET C BBICOKUM pa3pelieHHeM
NoJy4aTs HHQOpPMALHIO O CTPYKTYpe. B ciaydae manoymnopsaoueHHBIX
MpenapaToB BO3MOYKHOCTM 3TOr0 METOAa orpaHuueHsl. Hekotopsle
CHELNATN3UPOBAHHBIE MEMOpaHHBIE CHCTEMbl HMEIOT PETYJIPHYIO
CTPYKTYpY, MIO3TOMY HX MOXXHO H3y4aTb PEHTT€HOCTPYKTYPHBIMU Me-
Tomamu. Hambonee pacrmpocTpaHeHHBIM MPUMEPOM TaKOro pojia Ciy-
JKUT MHEJIMHOBast 000J10YKa, KOTOPasi MHOTOKPAaTHO 000pavyMBasich BO-
KpPYT akcoHa, (OPMHPYET PETYISPHYIO CHCTEMY M3 KOHIICHTPHUYECKUX
MeMOpaHHBIX CTPYKTyp. McciemoBanusi IUpPakUUK PEHTTEHOBCKUX
nmy4yell Ha MHeNHHE, poBeAeHHbIe ene B 1930 r., moATBepKAaroT ajiek-
BaTHOCTH OWCIIONHON Moaenn MemOpaH. K Takomy ke BBIBOZY TPHUBO-
IUT U U3y4YEHHE HapyXHOTO CErMeHTa MaJloYeK CETYaTKH MO3BOHOY-
HBIX, KOTOPBIE MPEACTABISIOT COOOH YIOPSIOUEHHbIE UCKU.

OTOT METOX NPUMEHHUM H Ul U3yYEHHS HCKYCCTBEHHO YIOPSIO-
YEHHBIX CHCTEM, KOTOpBIE 00pa3yIOTCs MPH KOJUIATICHPOBAHUU B YCIIO-
BUSIX LIEHTPU(PYTHUPOBAHUSA MEMOPAHHBIX BE3UKYJI, MONyUYCHHBIX U3 MU-
TOXOHAPUM U 3puTpounToB. ONHAKO PEHTIEHOCTPYKTYPHBIE IAaHHBIE,
MOJTyYeHHBbIE 7Sl pa3HbIX MeMOpaH, pa3In4aroTCs JHIIb HE3HAYUTEIb-
HO, HECMOTps Ha OoJbIlIMe pa3inuyus B coaepanuu Oeinka (ot 20 mo
80%). XOTa PeHTreHOCTPYKTYPHBIE JaHHBIC MMO3BOJISIOT MOMYYUTH He-
KOTOpYI0 MH(OpMALHIO 0 TOM, KaK paclojoXeHa B MEMOpaHe OCHOB-
Has Macca MeMOpaHHBIX OeIKOB (MHTErpalbHBIX WM Tepudepmye-
CKHX), B IIEJIOM METOJ PEHTI€HOCTPYKTYPHOTO aHaln3a He JaeT Jie-
TaJbHOU MOJIEKYJIIPHON KapTHUHBI.

B 1971 r. M. YUIKuHC ¥ COaBTOPHI MOKA3aH, 9TO METOJ AU(pPaK-
LU PEHTTEHOBCKUX JIyuell MPUMEHUM M I U3y4YeHHs] BOAHBIX JIHC-
nepcuii MemOpan u ¢ochonunuaos. M B 3ToM ciydae MeMOpaHHBIE
Mpernaparbl, MOIyYeHHbIE U3 Pa3HBIX MCTOYHHUKOB, Jalld CXOAHYIO -
($pakUMOHHYIO KapTHUHY, YTO MOATBEPKIAeT YHUBEPCATBHOCTD OHCIION-
HOU MozAenH. DTOT METOJ MOKET OBbITh BeChbMa MOJIE3€H NPH HUCCIIEN0-
BAaHUM YTIOPSAAOYEHHBIX JUIUIHO-BOJHBIX CHCTEM, HO HEBO3MOXHOCTb
MOJTyYeHHs JeTaTbHON MOJEKYJISIPHOM KapTHHBI C €r0 IOMOIIBIO Orpa-
HUYUBACT €T0 UCIIOJIb30BAHUE IS U3yUCHHsI OMOJIOTHYECKIX MEMOpaH.
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5.2.2. DJIEKTPOHHAA MUKPOCKOIIHA

[IpocBeunBaromias MEKTPOHHAS MUKPOCKOIHS TOHKUX CPE30B MHeE-
JIMHA, KaK ¥ MHOTUX JPYTUX MEMOPaHHBIX CTPYKTYD, BBISABIISET Xapak-
TEPHYIO KapTHHY, COCTOSNIYIO U3 JIBYX JJIEKTPOHOIUIOTHBIX MOJIOC, pa3-
JleJIeHHBIX TpoMexyTkoM okono 80 A. Takas kapTuHa monmydaercs B
pe3yibTaTe 00pabOTKM MEMOpaHHBIX MPENapaToB YETHIPEXOKHUCHIO OC-
MU, OOBIYHO TpHMEHsIeMOW B 3ToM MeToge. JIk. PoGepTcon HazBam
HaONIOJIaeMyI0 KapTUHY «YHHTapHOW», YTOOBI MOJAYEPKHYTh €€ YHU-
BEPCAIBHOCTb, W XOTS MOJIEKYJSIPHBIE MEXaHH3MBl MPOKpPAIINBAHHSA
MeMOpaH OCMHUEM JI0 CHX TIOp HE W3BECTHBIL, 3Ta CTPYKTypa JOJITOe Bpe-
Msl paccMaTpHuBajach Kak OCHOBHOE ITOJTBEPXIICHHE CIIPABEIIIMBOCTH
OucCI0itHOI MOIET MeMOpaHEI.

OnHako B 3TOM METOJE €CTh CYLIECTBEHHBIH apTe(akT — MpH MOJ-
TOTOBKE TPETapaToB s aHau3a MeMOpaHbl TIOJBEPraloTCs HeOIaro-
NPUATHBIM BO3JeHCTBHSAM. OOpabOTKa YEeTHIPEXOKUCHIO OCMHS MTPHUBO-
IUT K 3HAYUTEIbHON moTepe Oelika U3 dpuTpounTapHoid MemOpanbl. 1
XOTs HaONromaeMasi TIpH 3TOM TPEXCIIOWHAs CTPYKTypa J0 HEKOTOPOH
CTETIeHN OTpayKaeT OpTaHM3aIlMI0 OMCIONHBIX MeMOpaH, Oosee neTalb-
HBIE CBEJICHHS OTHOCHUTENBHO JIOKAIN3AIMH OETKOB B MEMOpaHe STHM
METOJIOM MOJTyYUTh HE yIAeTCH.

HekoTopyro nH(popMauio o pacroiiokeHud MEMOpaHHBIX OEIKOB
Jayd HOBBIE JJIEKTPOHHO-MUKPOCKOIUYECKUE METOIbI, CTaBIIHE Te-
neph yKe KIACCHYECKUMH — METOAbI 3aMOPaKUBAHHS-CKAIBIBAHUS H
3aMOpaXMBaHUA-TPaBIIeHHUs. B 3TOM cirydae mpenapaTsl OBICTPO 3aMo-
PKUBAOT, HE MOJIBEPTasi HX KAaKUM-ITH0O OBPEKAAIOIINM JACHCTBHSM.
IIpomecc MOATOTOBKM MpenapaTa BKIIOYACT CJIEAYIOLIME OIEpaliy
(puc. 32):

1. Ilocme 3aMopakmBaHUs oOOpaszer, MPEenCcTaBISIONINN COoO0O0H
CYCIEH3HIO KIJIETOK HJIM MEeMOpaH, CKaJbIBaIOT C MOMOIIBI0 HOXKa
npu Hu3koii Temmeparype (—100° C) B rmy6okom Bakyyme. Ilpu
9TOM MeMOpaHa pacKaJdbIBaeTCA IO CBOEH CpeaWHHON 0o0iacTh u
pacuieruisieTcsl Ha JIBe IOJIOBMHKH. B pesynbTaTe Ha 00pa3oBaB-
MIMXCs MIIOCKOCTAX CKoJIa 0OHa)kaeTcsi BHYTPEHHSsSI 00acTb MeM-
OpaHHI.
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2. IIpu HEoOXomuMoOCcTH 00pa3ell OIBEPTraroT TPABICHUIO — IPOBO-
JST OOBIYHYIO BO3TOHKY JIbAa B BaKyyMe. JTO MO3BOJISAET JIydllle BU3ya-
JTU3UPOBATH MIOBEPXHOCTHBIC CTPYKTYPHI KJIETOYHBIX MEMOpaH.

CnansiBanue obpasya

Paszdeneque 8yx
noROBUHAK

Bozecowra mia
{mpagrerue)

[ Hansiaenue napam
MEMIEAAR, (G YEHLE M ML
PACHAAZHHGYE HUTIOH)

{2y Hawnecerue coom yagpoda
e npudaies penauxe
PAYHACIIL

e O?;/'au&x

5
AR

Omdenenue penauny
om eEpaASRaA T NOMOELEKI
QAGTIXUY L,

Puc. 32. MccrienoBanne MeMOpaH METOJIOM 3aMOPAKHBAHHS-CKaJIBIBAHUS

A — IJIOCKOCTB CKOJIA 3aMOPO’KEHHOMN KJIETKH YaCTHMYHO MPOXOAUT Uepes3 LeH-
TpaJIbHYIO YacTh Pa3IMYHBIX MeMOpaH. b — pa3beanHeHne NBYX IOJOBHHOK.
B — oOpaser; moxBepraioT TpaBiIeHUIO JUIS BBISBICHUS JeTalleil MOBEPXHOCTH
ciost. I' — Ha oOpaser HaMbUIAIOT CJI0H IUIATHHEL, a 3aTeM CIIOH yriiepoja IIo-
JydJasi peIIvKy ¢ IMOBEPXHOCTH 00pasna. [l — 3Ty pemmuKy OTAENSIOT OT Ipe-
raparta 1 UCCIEYIOT MO AIEKTPOHHBIM MUKPOCKOIIOM.
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3. Ilocne 3TOrO MOMYYaroT TaKk HAa3hIBAEMYIO PEIUIMKY C OOHA)KEHHOM
MOBEPXHOCTH (MMEHHO 3Ty PEIUIMKY W HCCIEAYIOT TMOJ SIIEKTPOHHBIM
MHKPOCKOTIOM). JIJ1s1 osTy4YeHHs peryiMKy cHavyajla HanbULSIOT Ha 00pasel
IUTATHHY IO YTJIOM OKOJIO 45°, 4T0OBI BBISIBUTH TOTOJIOTHYECKHE XapaK-
TEpUCTUKH Ipenapara. 3aTeM IJIaTHHOBOM peIUIMKe MPUIA0T MEXaHhue-
CKYyI0 IIPOYHOCTh, HaHECs Ha Hee ciol yriepona. Ilocne storo nmpemnapar
OTTaMBAIOT, PETIMKA BCIUTBIBAET U ITOJIBEPTAETCS aHAJIH3Y.

Haubonee xapaktepHble CTPYKTYpHl, HaOIOJaeMble MTPH M3YUCHUH
MeMOpaH METOJIOM 3aMOpPaXKUBAHHS — CKAJBIBAaHHsI, — 3TO MHOTOYMC-
JIeHHblE BHYTPHMeMOpaHHbIe YacTUIb! guaMeTpoM oT 80 1o 100 A, ne-
JKaIHe B TNIOCKOCTH MEMOpaHHBIX CKOJI0B. OOBIYHO OHH PACITIOIOKECHBI
Xa0THYHO, HO HHOTAa 00pa3yIoT rpynnel. BeposiTHee Bcero, 3TH YacTH-
LBl SBJSIFOTCS MeMOpaHHBIMH Oenkamu. [Ipy 31eKTpOHHON MHKPOCKO-
MUY TOHKHAX CPe30B MOJ00HBIE CTPYKTYpHI HEe oOHapykuBaroTcs. Perm-
JIMKH, TIOJTyYeHHBIE OT ABYX ITOJIOBHHOK PACHICTUICHHOH MeMOpaHbI, He
BCETAa TOMOJOTMYECKH KOMILJIEMEHTApHbBI. JTO 03HAYaeT, YTO HEKOTO-
pBIE€ YaCTHUITBI CBS3aHBI TOJBKO C OJAHON M3 MOJOBHH MeMOpaHsbl. JlaH-
HBIE, MTOTyYeHHBIE METOJIOM 3aMOPAKUBAHH-CKAJIBIBAHNUS, IIIUPOKO HC-
nosb3oBasiuck C. Cunrepom u JIxx. HUKOIBCOHOM MpU CO3TaHUM KU-
KOCTHO-MO3aWYHOH MOJEeNd MeMOpaH, MOCKOJIbKY OHU YOeIHUTEIbHO
MOKa3bIBAJIM, YTO TIOOYJSpHBIE OENKM HaXONATCS HE TOJBKO Ha IIO-
BEPXHOCTH MEMOpaHbI, HO U BHYTPHU OUCIIOSL.

Kpome opranemt, xapakTepHbIX IJisi OOJBITHHCTBA KIETOK, IMEIOTCS U
CTEIMATI3UPOBaHHBIE MEMOPAHHBIE CHCTEMBI, TAKHE KaK CapKOIIa3MaTH-
YECKHI PETUKYITyM MBIIIIEYHBIX KJIETOK, MAEITIHOBAsI 000I04Ka neprdepu-
YECKUX HEPBHBIX BOJIOKOH, THJIAKOMIHBIE MEMOpaHBbI XJIOPOIJIACTOB U MEM-
OpaHBI TMCKOB B TMAJOYKaX CETYATKH. Y TMPOKAPHOTHUECKUX OPraHU3MOB
TaKKe UMEFOTCSI MEMOpPaHbI, XOTSI 1 HE HACTOJIBKO CII0YKHO yCTPOCHHBIE, KaK
Y 9YKapHOTUYECKUX OPTaHU3MOB. | paM-NoNoKUTeIbHbIe OaKTepuH, HAIpH-
Mmep, Bacillus subtilis, IMEIOT NHIIb LUTOINIA3MATHYECKYI0 MeMOpaHy, a
rpaM-oTpHIaTenbHsie Oaxtepuu (Escherichia coli) — eme n Hapy)HYI0 000-
JIOUKY, pacloJIOKEHHYIO MOBEPX TOHKOW MENTHIIOTIMKAHOBOM KIIETOUYHOW
CTeHKH. B KJieTkax mpokaproT oOHApY>KEHBI TaKKe HEKOTOpBIE CIICIHAIIH-
3WPOBAHHBIC OPraHeIUIb (B YaCTHOCTH, XpoMaTodopsl, coaepkamnte GoTo-
CHHTE3UPYIOIIMI ammapar y MyphoypHbeIXx Oakrepuit  Rhodobacter
sphaeroides).

81



5.3. METO/JbI H3YYEHHUA THHAMHYECKOT O IIOBEJJEHHA
MEMBPAHHBIX CHCTEM H JIHITH/]-FEJIKOBbIX
B3AUMOJEHCTBHH

Bce Ouonorudeckue CTpyKTYpHI IO CBOSH MPUPOJIe JUHAMHYHBL,
U TPU PacCMOTPEHWUH HX (QYHKIUH HEOOXOAMMO yUHUTHIBATH IOJ-
BUKHOCTH KOMIIOHEHTOB, U3 KOTOPBIX 3TH CTPYKTYPHI COCTOAT. DTO
OTHOCUTCS K (pepMeHTaM, MOJUHYKICOTHJAaM M KOHEYHO, K MEM-
OpaHaM. B *KuIKOCTHO-MO3aMYHOW MOJENH, B IIEHTPE KOTOPOU Ha-
XOAUTCA TPEJCTaBICHHE O IMOJBUKHOCTA MEMOpPaHHBIX KOMIIOHEH-
TOB, MEMOpaHa pacCMaTPUBAETCs KaK HEKOE JIMIUHOE MOpPE, B KO-
TOPOM CBOOOJHO ILIABAIOT TIOOYJSIpHBIE OEIKH, OKPYXXCHHBIC aH-
HYJISPHBIMU JTATHIAMHU.

JluHamu4eckasi MOJBMYKHOCTh MEMOpPaHHBIX KOMIIOHEHTOB CBSI-
3aHa C UX OWOJOTHYECKUM (PYHKIUSIMH U SBIISICTCS 3aJJOTOM HX
HOpMaJbHOTO (YHKIIMOHUPOBaHUSA. HeoOXoquMBIM yCcIoBHEM TIPO-
TekaHusl (EepMEHTATUBHEIX TIPOIECCOB SBISECTCA CBOOOIHAS nH-
¢Gy3us MeMOpPaHOCBsI3aHHBIX KOMIIOHEHTOB. MEXy IIePOXOBATHIM
u rinaakum DP, anmaparom [onbmaku u mina3matudeckoid mMmemOpa-
HOW TPOMCXOAHUT OBICTPHIII OOMEH pa3IMYHBIMH BEIIECTBAMHU, TEM
HE MEHee, MX COCTaB M (YHKIUH pa3iuyarTcsi. UToOBl MOHSTH
CYyTh 3THX W MHOTHX JPYTHX OHOJOTHYECKHX ()EHOMEHOB, HEOOXO-
IUMO TIPEXKJIe BCEro BBISICHUTh MEXaHW3MBbI, YIIPABISIONINE THHA-
MHYECKOH MOABMKHOCTBIO MEMOpaH.

Yto kpoercs 3a TOHATHEM «JIMHAMHUYECKHE CBOMCTBA MEM-
Opan»? IlonepeyHas acuMMeTpus B pacupeleieHUH JUIHAOB, a,
BO3MOXHO, U MaccuBHas quddy3us gepe3 OUCION 0YEeBUAHBIM 00-
pa3oM CBsI3aHBI CO CKOPOCTHIO TpaHcMeMOpaHHOTO (aumn-¢gion me-
pexozaa nunuaoB. buorenes MeMOpaH 3aBUCUT OT CKOPOCTU OOMEHa
JUMHAIOB MEXIY pa3IuYHBIMU MeMOpaHamu. CKOpOCTh (epMeHTa-
THUBHBIX PEAKIUN, MPOTEKAIOMNX C yIaCTHEM MEeMOPaHOCBI3aHHBIX
KOMIIOHEHTOB, 3aBUCUT OT CKOPOCTH JaTepalbHOW Muddhy3uu KoM-
MOHEeHTOB MeMOpaH. U, HakoHel, MTUIHAHO-OEIKOBbIE B3aUMOIEH-
CTBUSI 3aBUCAT OT CKOPOCTH, C KOTOPOHW MPOUCXOIUT OOMEH JIUITH-
JMlaMi MEXAY OMUXaWIIUM OKPYKECHHEM OCIIKOB U OCTaJbHBIM 00b-
€MOM MeMOpaHHI.
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Wzywas mpoueccel, MpOTEKaloFe B MEMOPAaHHBIX CTPYKTypax, He-
00X0IMMO TIPEICTaBIATh UX BPEMEHHBIE XapaKTEPUCTHKH M OJHOBpE-
MEHHO BPEMEHHOE Pa3pelleHre METOAOB, UCTIOIb3yEMBIX ISl aHATU3a.
Jnst mpumepa Ha puc. 33 IpUBEIEHO COMOCTABICHIE HEKOTOPHIX XUMH-
YeCKUX U (PU3NYECKUX peakuuii B OMOJOrHYeCKUX MeMOpaHax ¢ Juara-
30HOM CKOPOCTEH, AOCTYHHBIX IJIi M3MEPEHHs C MOMOILBIO PACIpo-
CTPaHEHHBIX METO/IOB.
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Puc. 33. CpaBHeHHE XapaKTEPHBIX YaCTOT ABM)KEHUH MEMOpPaHHBIX
0€NKOB M JIMMNKAOB C AUANA30HOM UyBCTBUTEIEHOCTH PA3IMYHBIX
CIIEKTPOCKOINYECKHX METOJIOB

XapakTepHble BpeMEeHa paBHBI BEIMYMHAM, OOpaTHBIM yKa3aHHBIM YacTOTaM.
Jlnana3oH 4yBCTBHTEILHOCTH METOAOB YKa3aH NPUOIU3UTEIBHO.

BpemenHo#i anana3oH pasHbIX (OpPM MOABMKHOCTH, 3a(hUKCHPO-
BaHHBIX B MeMOpaHe, BeCbMa IIUPOK: OT MOJIEKYJISIPHBIX KoJeOaHHH
¢ gactotoii mopsanka 10'* cex”' no TpamcmemGpanHOro uum-domn
nepexona JUMUAOB, XapaKTEPHOE BpeMsi KOTOPOTO MOXKET JAOCTUTaTh
HECKOJBKUX YacoB. Ha pucyHKke B 00memM BUe MPeICTaBICHbl HEKO-
TOPBIC U3 ITUX MPOLECCOB, @ TAKKEC YyKa3aHbl BPEMCHHLBIC IIPCICIIbL
YYBCTBUTEIBHOCTH PAa3IMYHBIX OMOPU3HYECKUX METOAOB. BuiHO,
YTO OJHHU METOJABI IO3BOJIAIOT IOJYYUTh CTATHYECKYIO KapTHHY
MeM6paHI)I, IIOCKOJIBKY XapaKTCPHOC BpPEMSA COOTBCTCTBYIOIIHX
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JIBIDKEHHUH OOJbINE, YeM BpeMsl M3MEPEHHS, a APYyTHe METOJbI Jaf0T
YCpPEeAHEHHYIO IO BpPEMEHHM KapTHHY, ITOCKOJBKY BpeMs IepeMmelie-
HUS MOJIEKYJI TOpa3/lo MEHbIIE, YeM BpeMs nusmepenus. Paccmorpum
JIBa OCHOBHBIX THIIa 3KCIIEPUMEHTOB.

[lepBble OCHOBaHBI Ha WCMOIB30BaHUM BHYTPUMEMOPAHHBIX 30H/I0B
JUISL U3y4eHHs MUKPOBS3KOCTH MeMOpanbl. MHIuKaTopamu gpusnyecko-
o COCTOSHHUS MeMOpaHbl, a TaKKe XapakTepa JINIHIHO-OENIKOBBIX
B3aMMO/JICHCTBUII MOTYT CIIy>)KUTh HHU3KOMOJIEKYJsipHBIe DIIP-MeTkn u
(ITyOpECIICHTHBIC 30HIbI.

BTopoil THIl 3KCIEpUMEHTOB HAIpaBJIEH Ha NMPsIMOE U3MEPEHHUE Jia-
TepanbHON MU y3un MeMOpaHHBIX OENKOB WM JIMIIMAOB W Bpalla-
TEJILHON MOJBHKHOCTH O€NKOB BHYTpH Oucnos. MccnenoBanuch Takke
MOJIEKYJISIpHBIE B3aUMOACUCTBHA B OHMCIIOE, IIOCKOJIBKY OHH BIUSIOT Ha
JUHAMHKY U3y4aeMBIX MOJEKYII.

5.3.1. MUKPOBA3KOCTb MEMBPAH U [IPUMEHUMOCTbD
MEMBPAHHBIX 30H/]OB

Jlist OOBIYHOM KUIKOCTH, KaKOW SBJISETCS, HApUMEp, BOJa, TEKY-
4eCTh ONPEACIIeTCs KaK BeIMYMHA, 00paTHas BA3KOCTH — OHATHOMY U
JIETKO M3MepseMoMy (U3NIecKoMy mMapaMeTpy. Bs3kocTh Xxapakrepu-
3yeT TPEHUE, BO3HUKAIOIIIEE MEXIY COCEIHUMU CIOAMU KUJIKOCTH, KO-
TOpBIE JIBUKYTCA C Pa3HbIMU CKOPOCTSIMH. BSA3KOCTh KUAKOCTH MOYKHO
OLICHUTH, U3MEPUB CKOPOCTh, C KOTOPOM MaJaeT MPaMOPHBIA LIAPUK B
KUAKON cpene. B cmyuae mMeMOpaH TEpPMHUH «TEKyYeCTh» OOBIYHO HO-
CUT KaueCTBEHHBIN XapaKTep: UMEETCs B BUAY CONPOTHUBIIEHHE, KOTO-
poe oka3bpiBaeT MeMOpaHa Pa3InYHbIM THIIAM TIepEMEICHUI B HEH.

[louemMy Tak Ba)XHO ONPEAETUTh MHKPOBA3KOCTH MeMOpaH? Kak
yXKE€ OTMEYajoch, OHAa WTpacT BaXHYI (HU3HOJOTUIECKYIO POJIb IPH
ajanTaldy pa3lIMYHbIX OPraHW3MOB K BHEIIHUM Bo3aeucTBusaM. Ilo-
MOOHBIE SIBIICHUS HAOJIOJAIOTCS Yalle BCETO MPH M3yYEeHUH TepMUYe-
CKOro cTpecca, Korjga MUKpPOOPTaHU3MbI, PACTEHUA, MONKUIOTEPMHBIE
WM 3UMYIOIIME XUBOTHBIE MOJBEPraroTCs BO3ACHCTBUIO HU3KUX TEM-
nepatyp. Ajanrtanus 3aKiI04aeTcsd B U3MEHEHHUH JIMIUIHOTO COCTaBa
MeMOpaH, a UMEHHO B YBEIIMIECHUH COJEPKAHHUS HEHACHIIIEHHBIX JIAITH-
JTIOB WJIW YMEHBIIICHUH CPEIHEH UITMHBI alliiIbHOU 1end. [lomobnbie n3-
MEHEHUS BEAYT K YMEHBIICHHUIO TUIOTHOCTH YaKOBKH JIUIIUIOB B MEM-
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OpaHe u TakuM 00pa30oM TOJICPKUBAIOT MUKPOBSI3KOCTH MeMOpaH Ha
Heo0X0AMMOM ypoBHe. Tak 1moueMy ke Bce-Takd Tak Ba)kKHa MUKPOBSI3-
KOCTb MeMOpan?

OO0BIYHO MeMOpaHbl HAXOAATCS B KUIKOKPUCTALTUMIECKOM COCTOS-
HUH, U, TO-BUANMOMY, €ro MOAJAep)KaHUE OUYeHb BAXKHO U UX (YHK-
uuoHupoBanus. Ilpu nepexone MeMOpaHbl U3 KUAKOKPUCTAIUINIECKON
¢a3el B pazy rens (Oojee TBEpIOE COCTOSHIE) MUKPOBS3KOCTH YBEIH-
ynBaeTcs. CTpyKTypHbIe U (yHKIIMOHAIBHBIE CBOIICTBAa OHMCIIOS, HAXO-
Jsiierocs B (ase rens, He COBMECTHMBI C OpraHW3alield U yCHeIIHbIM
(GYHKIIMOHUPOBaHNEM OETKOBBIX KOMIIOHEHTOB B MeMOpane. Ilpu me-
pexoze MeMOpaHbI U3 )KUIKOKPUCTALNTHIECKOH (ha3bl B (hazy reist MUK-
POBSI3KOCTh YBEIWYMBAETCsS NMPUMEPHO Ha /Ba nopsaka. Kak mpasuio,
JUISL U3MEPEHMST TEKy4eCTH HU3MEPSAIOT MOJIEKYJAPHYIO IOJBHKHOCTh
CIIMHOBBIX WM (PITyOpPECIIEHTHBIX 30H/OB, BKJIIOUEHHBIX B MeMOpaHy.
3oH1aMH OOBIYHO SIBISIOTCA HEOOJBIIUE MOJIEKYJBI, CPaBHUMBIE MO
pasmepam ¢ MeMOpaHHBIMH (ochonunuaamMu. HekoTopble H3 HHX
MIpeICTaBIICHBI B Ta0OHIIE 8.

Crnenyer yka3aTb MOMEHTBHI, CYHIECTBEHHBIC UISI MHTEPIPETAINU
JAHHBIX 110 JBM)KEHHIO 30H/IOB BHYTPH MEMOpaHbI.

Jlunuaaeid OUCION HE SBISETCS MPOCTO BA3KOW TPEXMEPHOH JKHII-
KOKPHCTAJUNIMIECKON CTPYKTYpOil, a IpeACTaBisieT COO0H KUAKYIO cpe-
Jy C HU3KOW BSI3KOCTBIO, Y KOTOPOM COCTaB U JIMHAMUYECKHE CBOMCTBA
B LEHTPAJIBHOM 007aCTH CUIBHO OTIIMYAIOTCS OT COCTaBa U CBOMCTB Iie-
pudeprudIecKiX MOISIPHBIX YYacTKOB. BpammarenbHas moIBUKHOCTh MO-
JIEKyJTBl 30H]Ia B MEMOpaHe He M30TPOIHA, KaK 3TO UMEET MECTO B CIIy-
Jyae chepuuecKux 4acTHL, He 00NagalouINX BHIIEIEHHON OChIO Bpalle-
HUS, a O ONpeelleHHON CTeNeHH OrpaHudeHo. YacTto 30HABI BHYTpH
MeMOpaHBl UMEIOT MPEATIOYTUTENFHYI0 OPHEHTAIINI0 M X JBIDKEHUS
OTrpaHHYEHBI OINpPEAeIEHHBIMU paMKaMu. Jlokanu3aius pa3HbIX 30H/I0B
B MeMOpaHe 3aBHCHUT OT UX MPHPOJIBI, TAaK YTO MOAOHpas 30HIABI pa3-
JUYHON CTPYKTYpPbI, MOXKHO TOJNy49aTh WH(GOPMAIMIO OT PazIHIHBIX
y4acTKoB MeMOpaH. Hanpumep, 30HI MOXKeT OBITH CBS3aH C OEITKOBOM
MOJIEKYJION WM OENKOBBIMU arperaTamu, WU PacloiaratbCs BHYTPH
JUTHIHBIX KIACTEPOB, KOTOPhIE MOTYT HAaXOAWTHCS B Pa3sUYHBIX (hu-
3MYECKUX COCTOSHHSIX.
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Ta6muma 8. HexkoTopble METKH, UCTIONB3YEMBIE IS U3yUESHUs
JIMHAMHUKHA MEMOpaH
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B tabnuue 8 mpuBeneHbI CTPYKTYpHBIE (POPMYIIBI HEKOTOPBIX 30H-
JIOB, UCTIONB3yEMBIX PH U3MEPEHUH JTUHAMHYECKIX CBOHCTB MEMOpaH.
Jl11 OLlEeHKM MMKPOBS3KOCTH MEMOpaH ONpenesiioT crenupuuecKue
napametpsl DIIP ciekrpos. K Takum mapameTrpam OTHOCATCS:

— BpeMs BpaIlaTeNbHON KOPPENSALUHN CIIMHOBBIX METOK, T (aHAJIOTN-
HYI0 BEJIMYMHY MOXKHO PacCUMTaTh M A (UIyOpECLEHTHBIX 30H-
J10B);

— TapaMmeTp ynopsao4eHHOCTH (S);

— CTalMOHApHAas aHU30TPOIHUS (PIyOpECUEHTHBIX 30H/0B;

— ko3 dummenT pacmnpeneneHrus MOJEKYI 30HIa MEXAy THIpodoO-
HOU ¥ ruIpoduiIbHON dazamu.

SIcHO, YTO MUKPOBSI3KOCTH MEMOpPaHbI, OLICHEHHAs! TOJIBKO 10 OJHO-
My IlapaMeTpy, He MOXKET CIIY>KUTh JOCTATOYHO IOJTHOM XapaKTepUCTH-
KOH (hM3n9IecKoro cocTossHUs MeMOpanbl. 1 Bce e n3MepeHue OTAemb-
HBIX TIapaMeTPOB BeChbMa IIOJIE3HO, OCOOCHHO UIS XapaKTEPUCTUK H3-
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MEHEHHMI (PU3MUECKOr0 COCTOSHUS MeMOpaHbl, OO0yCIOBIEHHBIX, Ha-
MpUMep, U3MEHEHUS MU TeMIepaTyphl, JNaBJIeHUs, BHEApPEeHUEM B Ouc-
JIOK XonecTepoia, u3MeHeHus: GocoIMnuIHOro coctaBa OUCIOS MU
HOHHOI'O COCTaBa cpeibl. Bo3necTBUA, TPUBOJSAIINE K YMEHBIIEHUIO
TUTIOIIAIU, IPUXOAAIIEHCS Ha OJHY JUIUAHYIO MOJEKYJy (YBeIHnueHue
THIIPOCTATHYECKOTO NABJICHHS, MOHWKECHUE TEeMIIEpaTypsl WM A00aB-
JIeHHne xonecTepoia K (ocdonununam B KUAKOKPUCTAIUINYECKOM CO-
CTOSIHWM), BBI3BIBAIOT YBEITUYEHNE MUKPOBI3KOCTH. JTO COTJIACYETCs C
Teopuel CBOOOAHOTO 00BEMa, COTIACHO KOTOPOW MHUKPOBSI3KOCTH U
TUIOTHOCTh CBSI3aHBI MEXIy coOoi. JlelicTBUTENBHO, YeM Oolee IIIoT-
Hasl yIakoBKa XapakTepHa IJIsi MeMOpPaHbI, TeM B OOJIbIIEH CTETIEHH OT-
paHUYUBaETCS MTOJABUKHOCTh 30H/a.

Paccmotpum 3 MeToma: 3IEKTPOHHBIN MapaMarHUTHBIA pPE30HAHC
(OI1P), meTox nemomsipuzanul (BIryopecueHINH, KOTOPhIE MO3BOJISIOT
M3MEpSTh KaK CKOPOCTH JABWKEHHS 30H]1a, TaK U CONPOTUBIICHNE 3TOMY
JBIDKEHHIO, M METOA SAEPHOTO MarHUTHOTO pe3oHaHca (SIMP).

Heo6xoauMo uMeTh NpeacTaBiIeHue O TOM, YTO HMEHHO U3MepseTcs
C TIOMOIITLI0 MEMOPAHHBIX 30HIOB. PaccMoTpuM oOmuil cirydaid, KOTo-
peiit mpumennm k JIIP, m3mepenmio duyopecuenuun win ~H-SIMP.
Bce Tpu CHIEKTPOCKOIMYECKUX METOAA YyBCTBHUTENIBHBI K OPUEHTALH
Moteky 1 30H10B. Criektp “H-SIMP uyBCTBHTENICH K OPHEHTALIMH CBS3H
C-D (yrnepon - neiiTepuil) OTHOCHUTENBHO MpUIIOXKEeHHOTo mois. ['pa-
JUEHT JIOKAJILHOTO TO0JI, BEKTOPHO CYMMHpPYSCh C BHELIHHM IIOJIEM,
JaeT pe3yJbTUPYIOLIYIO, KOTOpas M yJaBJIUBaeTCs nelrepueM. AHajo-
rugHas cutyanus xapakrtepHa u s OIIP. Croextp OIIP 3aBucur ot
OpHEHTAllUd HUTPOKCHIBHOH cBsizu N-O, KOTOpyro conepkar OoJib-
IIAHCTBO OOBIYHO HCIMOJB3yeMBIX 30HAOB (Tabn. §), OTHOCHUTEIHHO
MIPIJIOKEHHOTO MAarHUTHOTO Toyig. B ciydae ¢iIyopecleHTHOH CIiek-
TPOCKOIIMH U3MepsieMas MOJIIpU3aLsl UCITyCKaeMOro CBETa 3aBUCHUT OT
OpPUEHTALMU JUMOIBHOTO MOMEHTA MEpeX0Aa OTHOCUTEIBHO HaIlpaBJie-
HUS, ONPEENIIEMOTO UCIIOIB3YyEMBIM TOJISPU3aTOPOM.

5.3.2. DJIEKTPOHHBIH ITAPAMATHUTHBIH PE3OHAHC (I1P)

[IpuHIIMTT TapaMarHATHOTO Pe30HaHca ObUT OTKPHIT B 1944 T. mpo-
deccopom E.K. 3aBoiickum. Kak Meron mcciaenoBaHUs MOABHKHOCTH
(YIOPSIIOYEHHOCTH) MAaKpPOCTPYKTYp OH CTal MPUMEHSTHCS JIUIIb
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rocye pa3paboTKu crioco0a co3IaHusl CTa0MIBHBIX TapaMarHUTHBIX CO-
€VHEHUH, colepKallMX HUTPOKCUJIHBIA PaauKal, BIEPBHIE CHHTE3U-
poBanHbIX J.I'. Po3aHieBbIM.

HecmapeHHsii 21eKTpOH aToMa a30Ta CTa0WIBHOTO MapaMarHUTHO-
ro COeTMHEeHMs (CTMHOBOTO 30H/1a WJIM CITMHOBOM METKH — pa3HHIA Me-
KAy HUMH B TOM, YTO MOJIEKYJIBI IIEPBOTO TUIA CBOOOTHO IUIABAIOT B
MeMOpaHe, a BTOPOro — KOBJIEHTHO CBSA3aHBI C €€ KOMIIOHEHTaMH; pa3-
TpaHUYEHUS MEXIy HUMH 4acTO WTHOPHPYIOTCA B aMEpHUKAaHCKOH Ha-
YYHOU JINTEPATYPE, XOTS BBIAEPKUBAIOTCS B PYCCKOM U AHIVIMKACKON
HAYYHOM MEPHOANKE) IPU HAJIOKEHUU CHJIBHOI'O MarHUTHOTO TOJIA Iie-
PEXOIUT C OJTHOTO PHEPreTUYECKOTO YPOBHS Ha APYroM oA IEeHCTBUEM
MUKPOBOJIHOBOTO U3ITy4EeHHUS (OKOJIO 10" I'mr). Metona 1OBOIBHO YyBCT-
BUTEJICH: CIEKTP 30HIa MOXET OBITh 3apETHCTPUPOBAH IIPH KOHLIEHTpa-
[IAU CIIMHOBBIX METOK OKOJIO 10°° M. Cnekrtp OI1P npencrapisior B BU-
Jle TIEPBOM MPOU3BOIHOMN OT CIIeKTpa morioieHus (puc. 34).

B cnexTpe HUTPOKCHIBHOIO paguKana MMEIOTCS TP NHKa, OTBe-
YaIOIIHAE CNIMH-CIIMHOBBIM B3aUMOJEHCTBHSAM HECIAPEHHOTO 3JIEKTPOHA
u siapa atoma a3orta. Kak yxxe 6bpu10 orMeueHo, criektp JI1P 3aBucur ot
OpUEHTALIMN MOJEKYJIbl — CIMHOBOIM METKH WJIM CIIMHOBOTO 30HJA, CO-
JepKallUX HUTPOKCHIIBHBIA pPaguKall, OTHOCUTEIBHO IPHUIIOKEHHOTO
MarHuTHOTO TOJisA. BBeZeHne Takoro paaukaia MO3BOJISET HCIIONIB30-
Bath OIIP-cnexTpockonuio A XapakTEpUCTHKH YIOPAJOYEHHOCTH
BpalllaTEIbHOW WM NMOCTYNAaTeNbHONW MOJABUKHOCTH CIIMHOBOM METKH
WM CIIMH-MEYEHBIX MOJIEKYJI B Pa3HBIX yCIOBHSX.

[TonBMXHOCTB, ONHCHIBaEMast STUM METOJIOM, XapaKTepHU3yeTcs Tak
Ha3bIBaEMBIM BpPEMEHEM BpALATEIbHON KOPPEALHUH, KOTOPOE Haxo-
nutest B npenenax 10°-107° cex (ot meckompkux Heek 10 0,1 Heek) ws
cBoOomHOrO Bpamienns MeTku. llpumepsr OIIP ciekTpoB mpuBeAEHBI
Ha puc. 34. XapakTep cleKTpa 3aBUCUT OT XapakTepa BpallleHUs] MoJie-
Kynbl. Ha pucyHke npuBeneHsl CIEKTPHI A1 Pa3HbIX CIy4YaeB — OT CBO-
00HOTO BpaIIeHHUs 10 MMOJHOW 3aTOPMOKEHHOCTH. YK€ YIOMUHAIOCH,
YTO XapaKTEpUCTHKON CIIMHOBBIX METOK SIBISETCS 8pems Koppeasiyuu
(7). Bpemst Koppessiiiuy pacCUUTHIBAIOT B MPEAIIOIOKEHNH, YTO Bpalia-
TENBHOE IBW)KEHUE MOJIEKYJIBI H30TPOIHO, UCTIONB3Ys MapaMeTp BBICO-
Thl THUKOB. ECIM CIHHOBBIE METKH — NMPOWU3BOJHBIE XHUPHBIX KHCIOT
win poconununos, — TO OHU, KOHEYHO, HE BPAILAIOTCS H30TPOIHO, H
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PSLIOYEHHOCTH HO3BOJISIOT TI0-
JYYUTH TOIYKOJIUYECTBEHHOE
MIPEJICTABIEHUE O CBOMCTBax
MeMmOpanbl. CHuHOBast MeTKa
MOXXET OBITh BBEACHA B pa3-
HOOOpA3HbIC COCIAUHEHMUS, JIO-
KaJIM3alllui0 KOTOPBHIX B MEM- CrHeKkTpbl, MPEICTaBIAIONINE CO0OM
OpaHe JIerKo MmpejacKas3arp, mo-  HUCPBYI0O  TIPOU3BOAHYIO  CHI'Hana,
3TOMY 3THM METOJIOM MOXHO IMOJIYUCHBI IPU Pa3HbIX TeMnep%Typax
OLIEHHBATh IIOABIDKHOCTD M 1, CJICAOBATCIIbHO, MNPHU Pa3sHOU BA3-
B3aUMOJICHCTBHE pasmprx  OCTH CPARL

KOMITOHEHTOB MEMOpaHBI.

OIIP-criekTpockonuss MO3BOJISIET U3MEPSATHh MIOTHOCTh YMAaKOBKHU
6ucnos. CHuH-MEUYeHbIE >KHPHBIE KHCIOTBI, COAEp)KalINe HUTPO-
KCWJIBHYIO TpPYIIIUPOBKY Ha pPa3sHOM pACCTOSHHHM OT MOJSPHOM
COOH-rpynmsl, BCTpanBasch B OUCION, OPUEHTUPYIOTCS B TONEped-
HoM HampaBieHud. Bug OI1P cnekTpa 3TUX METOK 3aBHCHUT OT TIyOH-
HBI MTOTPY)KEHHSI CITMHOBON METKH BHYTPbH Ouciosf. C MOMOIIBIO CITH-
HOBBIX METOK MOKHO OLIEHHUTh CKOPOCTh BpaIllaTeIbHON KOppeIsuuu
U, COOTBETCTBEHHO, MOABUKHOCTb XHUPHOKHCIOTHBIX LIETIEH Ha pas-
HOW riyOuHe Oucios. Pe3ynbTaTel U3MEpEHUs! CTENEHH YIOPSA0YEH-
HOCTH CITHHOBBIX METOK, (DMKCHPOBAaHHBIX B MeMOpaHe Ha pa3HOU TIy-
OMHEe, CBUAETENBCTBYIOT O POCTE HEYHOPSTOYEHHOCTH B HalpaBICHUU

Puc. 34. 3aBucumocTts
OINP-cieKTpoB HUTPOKCHTHOM
CIIMHOBOH METKH OT CKOPOCTH

MOJIEKYJISIPHOTO BpPAILICHUS
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OT MOBEPXHOCTU MEMOPaHBI K e¢ IIEHTPAIBbHON YacTH. Bo MHOTHX ucC-
CJIEIOBaHUSAX MPOBOAMUIIOCH CPAaBHEHHE MHKPOBS3KOCTH MeMOpaH, KO-
TOPYIO ONpEAesSUIM MO0 JaHHBIM O BEIMYMHAX T U S MIPU Pa3IUyHBIX
BO3MYIIAKOIUX BO3ICUCTBUSAX.

Meton OIIP-cnektpockonuu TpeOyeT CrenuanbHOro 000pyaoBa-
HUSI, XOTsI CaMH M3MEPEHHs BHICOKO aBTOMAaTH3MPOBaHbI. Vcmonb3oBa-
HHE 3TOr0 NOAX0/a MHUPOKO U pa3HOo0OpasHo. B To ke BpeMs, 3TOT Me-
TOJl UMEET ONpeIeJICHHbIE OTpaHHYCHNUs. BrICOKHE KOHIIEHTpAIIUU CIIU-
HOBBIX 30HJI0B MOTU(PHUIUPYIOT OUCIION, @ KOBaJIeHTHBIE METKH, CBS3bI-
BasCh ¢ OeNIKaMM, MOTYT MHAKTUBHPOBaTh UX. B pesynbrate nccieno-
BaTeNb M3y4YaeT MeMOpaHy HE B HATHBHOM COCTOSIHUH, a B TOM BHJIE,
KOTOpBIi OHa MPUHMMAET IMocie MOAM(UKAIMH, XOTS Hago CKasaTh,
9TO 3TO apredakT HE TOJBKO JAaHHOTO MeToda. Kpome Toro, Hamo
UMETh B BUAY, YTO CKOPOCTH IPOLIECCOB, ONUCHIBAEMbIX C ITOMOILBIO
metoaa DIIP, MHOTO OoMbILIE TEX, KOTOPHIE JIE)KAaT B OCHOBE (DYHKIIHO-
HUPOBaHUS MEMOPaHHBIX (pepMEHTOB.

5.3.3. JEHIOJIAPU3ALTHA OJIVOPECHEHIIUN

Jns u3mepeHus BpamarenbHOU auddy3uu MOJeKyJl JaBHO HC-
MOJB3YETCS METOJ JHenoispuszanuu (iIyopecueHnuu. Bpamenue
HEKOTOPHIX 30HJO0B B MEeMOpaHax 9acTO CPaBHHUBAIOT C MX Bpalle-
HHEM B MacliaX ¢ U3BECTHON BA3KOCTHIO, IPU ITOM MOIB3YIOTCS O~
HATHEM «MHUKPOBSI3KOCTH». CyTh METO/Ia COCTOUT B TOM, 4TO o0Opa-
3e1] 00JIydaroT TOJSPU30BAHHBIM CBETOM, KOTOPHIA Oyner mpen-
MOYTHTEIBHO BO30YKIaTh MOJICKYJIBI, UMEIOIIUX TaKyIO K€ OpHUCH-
TAIUIO JAUIOJBHOTO MOMeHTa. VMcImyckaeMblii CBET aHAIU3UPYIOT C
MOMOIIBIO0 TTOJAPU3ATOPOB. MUKPOBI3KOCTh OUCIOS BECbMa BBICO-
Ka (cooTBeTCTBYyeT BenmmuuHaMm 1-10 myas), mo3ToMy BpeMs Bparia-
TEJIbHOU Koppensiuu Hedoapmux duyopecueHTHoix (JPI) wu
AIIP-30u108 coctaBmsier 10°-10° cex. B BOJIC, MMECIOIICH BSI3-
kocTth 0,01 mya3, Molexkynbl Takoro pa3Mepa Bpallaluch OBl IO
kpaiineit mepe B 100 pa3 6victpee. Metoasr DIIP u gemonsipuzauuu
(GIyopecleHINN PEruCTPUPYIOT OBICTPHIE TMPOIECCHl, COBEPIIAIO-
muecs 3a BpeMena nopsiaka 10 cek, a uadopmarus o Goiee Mes-
JICHHBIX IBIKEHHUSIX YCKOIb3aeT OT HAOIIONCHUS.
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MemOpaHHBIe OETKH UMEIOT 3HAUUTELHO OOJIBIIIHE pa3Mephl, YeM YIIo-
MSIHYTBIE METKH, W IIO3TOMY BpAILAIOTCS ropa3io MeajieHHee. YToObl MeT-
KU, TIPUIIUTHIC K 3THM OeNKaM, ObUTH YyBCTBUTEINHHBI K MX BPAIICHHIO, UX
BpEMsl JKU3HU B BO30YIKIICHHOM COCTOSIHUHM JOJDKHO COCTaBJISITH IOPSIKA
107 cex. CrnenoBaTeNbHO, METOIbI, IPUMEHHMBIE JUIS M3YUYECHHS BPALICHHS
0enkoB B OMCIIOE, JOKHEI OBITh CIIOCOOHBI PETHCTPHPOBATH BPEMEHA KOP-
permsin ot 107 10 107 cex. Merox meromsipusamiy $iIyopecieHINH, KaK
MBI OTMEYAJIH, B 3TOM CITy4yae HEMPUTOJICH, TOCKOJIBKY BPEMsI YKU3HU MOJIC-
Kyl B BO30YKIEHHOM COCTOSIHMH COCTaBIisieT okono 10™ cex, n B Taxom
BPEMEHHOM MacIiTabe MOJIEKYJbl OSTKOB TPEICTABIIIOTCS HEMOIBIDKHbI-
Mu. [ momy4enus Takoil HHGOpPMaMI MOTYT YCIIEITHO MCIOJIB30BAaThCS
Cliemytomme 3 MeToza.

1) K uccnenyemomy OenKy MpHCOEIUHSIOT 30H], BpEMs JKU3HU KO-
TOPOTO B BO30YXKIEHHOM TPUILUIETHOM COCTOSIHUW JTOCTaTOYHO BEIHKO.
Eciu MeTka %eCcTKO CBsi3aHa ¢ OSJIKOM, TO JUIS PETHCTPALMN BpalleHHUs
Oerka MOYKHO WCIIOJIB30BaTh M3MEpEHUE aHW30Tpornuu (ochopeceH-
ud. J{71s TakuxX u3MepeHni OKa3alluch MPUTOJHBIMU TTPOU3BOIHEIE 20-
3MHA, MTOCKOJIBKY BPEMs JKU3HU 03UMHA B TPHUILICTHOM COCTOSIHHH CO-
CTaBJIICT IPUMEPHO 2 MCEK. DKCIIEPUMEHT COCTOUT B OIPEJICIICHUH Xa-
PaKTEpHOTO BpEMEHH 3aTyXaHUs aHH30TPOITUHU (ochOpeCceHITHH.

2) B ToMm cirydae, Korja caMmu MOJIEKYJIbI O€lIKa cofepKaT TPyII-
MBI, TIepexoAsiue npu ¢Gud1-(HoToNHn3e B AOATOKUBYLIEE BO30YXK-
JICHHOE COCTOSIHHE, MapaMeTphl MOKHO OIIEHUTH C MOMOMIBI0 JUX-
pousMa moriomeHns. B kadecTBe mpuMepa MOXKHO MPUBECTH PO-
JOTICUH W OaKTepHOPOJOICHH, TJe HCIONb3YIOTCS BO30YXKICHHOE
COCTOSIHHE CBS3aHHOTO PETUHAIS U BO30YXKIEHHBIE COCTOSTHUS, Ha-
Omogaromuecs mpu (OTONH3E KOMILUIEKCOB IUTOXpoM-CO ¢ wc-
MOJIb30BaHHEM IIUTOXPOM ¢ OKCUAA3bl M IuToxpoma P,sy. M3mepe-
HUSI MOXXHO TIPOBOJUTH in Situ (HampuMep, B COCTaBE MUTOXOHJIPHU-
aTbHBIX MEMOpaH) UM C OYUIIECHHBIM O0EJKOM, BCTPOSHHBIM B (hoc-
(G oIUNUIHBIC BE3UKYJIbI.

3) C nomoipio 06pr9HOM DIIP-ceKTpOCKONHU HE yJaeTcsl PerucT-
pHUpOBaTh BpAIICHUs, XapaKTepPHAs: YaCTOTa KOTOPBIX PaBHA YacTOTE Bpa-
IIeHUsT MeMOpaHHBIX OeKkoB. 11 3THX 11etelt pa3paboTaH CrieIuaTbHBINH
Meton — OIIP ¢ mepeHocoM HACHIMEHUS, AUara3oH YyBCTBUTEIEHOCTH
KOTOpOro oueHb mmpok — oT 107 10 107 cek. DTOT MeTox NPUMEHSIICS
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TP U3yUCHUH BPAIICHUS HECKOJIBKIX MEMOpPAaHHBIX OCTTKOB C KOBAJICHT-
HO MPHUIIUTHIMU K HUIM CITUHOBBLIMH METKaAMHU.

HenaBHo mpemoskeH MOIU(PHUIIMPOBAHHBIA METOJ ACTIONSPU3aIH
(bayopecueHnun. B ero ocHOBe JiexaT Te e IPHUHITHITHL, 9YTO U B OCHO-
BE METOJa JeToisapu3auu (pIyopecueHIK, HO HCIIOJIb3YeTCsl Apyras
MOJIEKYJIIpHAsi MOJEINb ABMXKEHUS, BBI3BIBAIOIIETO Aenoiisipu3anuto. K
UcclieyeMoMy OeJKy TMPHCOEAWHSIOT 30HI C JTOCTATOYHO OONBIITNM
BpEMEHEM KH3HH B BO30YKIEHHOM cocTossHuH. Eciu cuctema rerepo-
TreHHa, MOTYT BO3HUKHYTH OIpENeICHHBIC TPYIHOCTU C KOJUYECTBEH-
HBIM pacyeTOM. AHAJOTUYHbIC OTPAHUYECHHSI BO3HUKAIOT U B TEX CIIy4a-
SIX, €CJIM METKa MOXET CBOOOIHO BpamiathCsl HAa IMOBEPXHOCTH Oenka
WJIH €CJIU 'y OCJIKOBOM MOJICKYJIBI HIMEIOTCSI THOKHUE CETMEHTHI.

WuTerpanpable MeMOpaHHBIE OCIKH XapaKTEPU3YIOTCSA IIHPOKHM
CIIEKTPOM BpEMEH BpallaTelbHOM penakcanuu. Ha onHOM KoHLE Bpe-
MEHHOM IIKaJIbI HAXOAUTCSI POJOICUH, KOTOPBIHA, MO-BUAMUMOMY, CBO-
001HO BpamaeTcs B MeMOpaHe HaApPYyKHOTO CETMEHTa MAaJOYKH CeTdaT-
KM, a Ha IpyroM — 0aKTEepHOPOJOICHH, KOTOPBI 00pa3yeT B MypmHyp-
HOIl MeMOpaHe YITOPSIOYCHHYI0 KPUCTAUIMIECKYIO PEIIETKY M HEIo-
BeH. MeMOpaHHble OCJIKM CIOCOOHBI K 3aMETHOMY BpPAICHUIO B
MJIOCKOCTH MeMOpaHbI, U CKOPOCTH 3TOTO BpAIlEHUs COTIACyeTCs C
BEJIMYMHOM, 0XKUJaeMOW MCXOAS K3 MPOCTON THUAPOAUHAMUYECKOU
MOJIETIH.

5.3.4. AHEPHO-MATHUTHbBIN PE3OHAHC (SIMP)

B ocHoBe AMP-cneKTpOCKONIUM JEXKUT MOTJIOIIEHUE 3IEKTPO-
MAarHMTHBIX BOJIH B PaJMOYacTOTHOM JAMAana3oHe sapamu, o0sianaro-
IIMMH MarHUTHBIM MOMeHTOM. Hambonee dacTo B HcciielOBaHUSIX
ucnonesytores sapa C, *H, *'P. JleTanbHylo KapTHHY CTPOCHHS
ruapodoOHOM 00NacTH JUMHUIHOTO OHUCIOS YJAJIOCh MOJYYHUTH C
nomompio Meroma “H-SIMP. AToMBI BOJOpOJA B ONpedeNeHHBIX
MecTax JUMUIHOW MOJIEKYJIbl MOXKHO H30HMpAaTENbHO 3aMEHUTH JIEH-
TepueM. DTO MATKHI croco0 30HaupoBaHuss MeMOpaH. Cunraercs,
YTO OH, KaK MPaBUIO, HE BHOCUT BO3MYIIEHHM B UX CTPYKTYpY.
CHnexTpsl HEKOTOPBIX AECHTEpPUPOBAHHBIX AUMHUpHcTOUIIpOCchHaTH-
JIUIXOJUHOB MPEJICTaBICHBI Ha puc. 36.
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Crpykrypa SIMP cnektpoB
OTIpeICTsCTCS BPEMEHEM JKU3-
HU Pa3IMYHBIX CITMHOBBIX CO-
CTOSIHUM, BEIMYMHON HUIIOJNb-
JUTIOJBHOTO  B3aUMOJICHCTBUS
MEXIy JTaHHBIM SJIPOM H CO-
CeHUMU SIAPaMU, HEOJTHOPOI-
HOCTBIO MarHWTHOTO TIOJISI U T.
I. XapaKTepHBIM MMapamMeTpoM
SIMP-criekTpoB sBISIETCS Be- DCio
JIMYMHA XUMHYECKOTO CIBUIa
O. MHorma mans aHanusa WC-
NOJB3YIOT Bpems penakcaiuu DCr
T, KOTOPBIE CBSI3aHBI COOTHO-
menueM: 8 = 10 — 1.

DCs

DCe

T

DC14 - ; ;
[Muku AMP nexat B pa- 000020500 R Ty I
IWOYaCTOTHOM JHMala3oHe, a Mu
pa3nuuus B 4acTOTaxX CHUTHA- Puic. 35. Criektpst 2H-SIMP

JIOB JUI pPa3HbIX HM30TONOB
HAMHOTO IIPEBBILMIAIOT LIUPU-
Hy CHTHajJa IIOTJIOLIECHHUS.
Cuextpol IMP mansix moue-
KyJZ XOpOIIO pa3perInMbl. Yucna crneBa 0003HaYarOT MOJIOKEHHE
JIBYX (WIM Tpex) aTOMOB JeTepus B
kax o mermu. Criektp obOpasma ¢ iei-
TEPUPOBAHHON KOHIIEBOM METHIBHOM
TPYIINON TOpa3fgo yXKe BCEX OCTallb-
HBIX TIPUBEICHHBIX CHEKTPOB, HUTO
ACIBPHOCTH M IOJYYUTh HH-  ygasppaeT Ha 3HAYMTENBHYIO HEYIIO-
Gopmanuio 0 MOABMKHOCTH PSAIOYEHHOCTh IEHTPAIBHON 00JacTh
pa3AUYHBIX Y4YaCTKOB MOJIE-  GHCIOS.

KyJIbl B 3aBHCHMOCTH OT €€

okpyxeHus. KpoMe mapameTpa XMMUYECKOTO CIBHIa — O paccuu-
ThIBaeTcs mapametrp T;, XapaKTepU3YIOLUM MpOLEecC MPOAOJIbHOU
(ciMH-pemeToYHol) penaKcamnui, KOTOPBIA MPSAMO MPOIMOPIMOHA-
JIEH YBEJIIMYECHUIO MOJABUKHOCTH OTIEIBbHBIX aTOMOB.

IUMUPUCTOMII(HOPATHANITXONIHHA,
JNeUTEepUPOBAHHOTO MO Pa3HBIM
MOJIOKEHUSIM al[MIIbHOM [IenH

Tak, cnektp AMP Monekymbl
XoJiecTeposia M03BOJISAET
UACHTU(HULIUPOBATD peso-
HAaHC KaXJOro aToMa B OT-
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T, C1pyxTypHas dopmyna

dochoaunuaa
3,3 CH; CH;
1.8 CH, CH,
1,1 CH, H,
0,6 (CH,),g (CHylyg
0,2 ClHZ CH,
0,1 CH, CH,
(|Z=O Cl=
S
u,1 (!Jqu-w-v(‘ZH——CH2
o
_O-—!L:-—O
b
0,3 (%‘Hz
0,3 (I:H2
0,7 E(CHQ,

Puc. 36. BennunHb IOABHKHOCTH
T, anst pa3mUYHBIX aTOMOB
yTIepo/ia B MOJIEKyJIe
(hochaTuamIXoIMHa B COCTaBE
MeMOpaHbI IPH TeMIIepaType BhIIIe
KPUTHUYECKOH (PaCCUUTAHBI 1O
naHHBIM SIMP-CIeKTpOCKOITHIN)

Metox AIMP 11o3BoJIsIET C BhI-
COKOM M30MpaTeNFHOCTBIO I10-
JYYUTHh CBEJICHUS O TOBEICHUM
pa3HbIX yacTeil Monekyssl. Ha-
npumep, Ha puc. 36 ykas3aHbl
3HaueHus T; JUI1 OTHENBHBIX
aTOMOB yTJIepo/ia B MOJIEKYyJe
dhocharmmixonuHa. YBenude-
Hue T cooTBeTCTBYET BO3pacTa-
Huro noasmwkHocTH C-C-cBsseit
OT TIOBEPXHOCTH MEMOpaHBI K
aTroMam, TpHOJMKEHHBIM K ce-
pemHe OMCIos.

B nuteparype uacto wuc-
MOJIB3YETC napamemp YHo-
padouenHocmu S, KOTOPBIHA
OTpa)kaeT YCpEeTHEHHYIO0 OpH-
eHTanuo Bekropa C-D-cBsa3m.
KonebatenbHple u  Bpaima-
TENbHBIE NBIKCHHS MOJEKY-
JIBI, KOTOPBIE BIUSAIOT HA OpHU-
eurtanuio C-D-cBsa3u B Ouc-
J0€ B IIEJOM, NPOUCXOIAT C
JIOCTAaTOYHO OOJBIION CKOPO-
cteio (>10° ¢), Tak uTo mo-

00ii aToM neWTepusi BOCHPH-
HUMAaeT eIMHOE yCPEeOHEHHOE
MAarHUTHOE OKpY KEHHUE.

DTO OKpY)XEHHE 3aBUCHUT
OT COCEJHHMX aTOMOB, a TaKKe
OT OrpaHWYEHHH JBMKEHUS
no Tumy u amrumartyne. Ha-
npUMep, ONpeJeNIeHbl Mapa-
METpbI YNOPSAI0UYEHHOCTH ISt

HECKOJBKHX CEJIEKTHBHO NEeHTEepHpOBaHHBIX (pochonmumumos, B KOTO-
PBIX aTOM JIEHTepHs BKIIOYEH B ONPECIICHHBIE METHIICHOBBIE TPYIIITHI
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sn-1-maneEMATOMILHOTO ocTaTka. MccnemoBanuch Kak JIUIIUAHBIE OuC-
JIOU, TaK W MPUPOJIHBIE MEMOpaHbI, HAXOISIINECS B )KUIKOKPHUCTAIIIH-
YECKOM COCTOSIHUH, MMOCKOJIBKY B ciiydae (a3l relis CIEeKTPhl CHIIBHO
YIIUPAIOTCS W3-3a IUIOTHOHM YMAaKOBKH JIUIUJOB U MO3TOMY C TPYIOM
MO/JIAl0TCS AaHATTU3Y .

ComnocTaBiieHUE pE3yNBTATOB PA3IUYHBIX OINBITOB MO3BOJSIOT CIeE-
JIaTh /IBa BHIBOJIA: METHUJICHOBBIE TPYIIIBI B CpEeAHEN JyacTH OWCIIOs 3HA-
YUTEIHHO Oosiee pa3ymopsAOYEeHHBI, YeM TPyMIbl BOJM3U €ro Ha Io-
BEPXHOCTH; U JUIsI CUHTETHYECKUX JIMIUJOB Pa3HBIX TUIIOB, BKIIOYAs
dbochatuamrxonuH, Gocharnamiceput U CHOUHTOMUCTHH, a TaKKe I
OmoyormuecKuXx MeMmOpaH, COAepX alluxX JAeHTepHUpPOBAHHBIE 30HBI
npoQuiIN mapaMeTpa yrnopsA0oYeHHOCTH HACHTHYHBL. TakuM oOpazom,
XapakTep YMOPSAOUYEHHOCTH OHMCIOf Majo 3aBUCHUT OT XMMHYECKOTO
CTPOEHHS JIMIKJA U OT COCTaBa MeMOpaHbI, €CIH OMCIION HaXOIUTCS B
JKUJKOKPUCTAIUTMYECKOM COCTOSTHUM.

ITpu nepexoze k Oosiee KpyNmHBIM MOJIEKynaM ciekTpsl AMP cunbnO
YCJIOKHSIIOTCS. M 3a4acTyl0 CTaHOBATCS HepaspemmrMbiMHu. Tak, SIMP-
CHEKTPOCKONHS OEJIKOB B JIYHUILIEM CITydae MOKET ITO3BOJIUTH OXapaKTepH-
30BaTh COCTOSIHHE (JTaOWMIIBHOCTH) OTAENBHBIX TPYII MOJEKYJIbI, Halpu-
Mep, OKpyxeHue (OCHONUIHITHOTO PaJuKalia B aKTUBHON TPYTIIIE TpaHC-
depas. Jpyrum HemoctatkoM SMP-CieKTpoCcKONMH SIBISCTCS JOBOJIHHO
HH3Kasi YyBCTBUTEIILHOCTD — KOHIIEHTpaIysl o0pasia 10KHa OBITh He Me-
Hee 10 M (4T0 IOBOJIBHO MHOTO), B TO BPEMs KAK ONTHYECKHE METOMIbI
TIO3BOJISTIOT TTOYYHUTh MH(OPMAITHIO O MOJIEKyJaX, KOHIIEHTpaIus KOTo-
phIx coctapnser 10°~107 M.

ConocraBneHne MOJBMXHOCTH YKUPHOKUCIIOTHBIX Lierield B Oucioe, pac-
CUMTAaHHOE Pa3HBIMH CIIOCOOAMH, BCKPBIBACT PA3NHUMs MEXKIYy METOIaMU
OIIP- u SIMP-cniekrpockonmu (puc. 37). Cyas 1o pe3yibraraM H3MepeHui
criekTpoB OIIP MOXXKHO 3aKTIOYNTbH, YTO YIOPAIAOUEHHOCTh BO3PACTAET, a
MOABM)KHOCTh COOTBETCTBEHHO I4JIa€T MOHOTOHHO B HAlpaBJIEHHMH OT
3(UPHO¥ CBSI3U K METHIILHOMY KOHITy MoJieKyJibl. SIMP-criekrpockomnus mo-
Ka3bIBaCT, YTO 00JIACTh, MPUMBIKAFOLIAS K CJIOKHOI(QUPHON CBSI3H, XapaKTe-
pU3yeTcsl ONPENENEeHHON KECTKOCTBIO, U CHIKEHHE YIOPSIOUEHHOCTH Ha-
CTyHAeT NP JBIKEHUU IO KUPHOKUCIOTHOM IIEMU K METHWJIBHOMY KOHILY,
HaumHas ¢ Cg-aroma. [lpuumna pa3mmuuii B OIeHKE MOIBIDKHOCTH (ocdo-
JIMITHIOB B MeMOpaHe, BBIBISIEMbIX NPH CPAaBHEHUH 3THX JIBYX METOJIOB,
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v gl ’ BEPOSITHO, 3aKJIIOYACTCS B TOM
g‘ ’ ‘>< Al BO3MYLIAIOIIEM BIIMSHUH, KOTO-
S A /A .« 4 pO€ CIMHOBBIE 30H/bI OKa3bIBa-
% 0,5r Z\A \. A 0T Ha YIaKoBKy Owciost. Kpome
é \. TOT0, BpEMEHHBIE XapaKTepPUCTH-
§ s \ \, KU TO/BIKHOCTH, H3MepsieMble
S mertogamu OIIP- m SIMP-criek-
N ‘\ TPOCKOIIMH, TAKKE Pa3InyaroT-
E g2+ . Col.
g ¥ HecMoTps Ha TO, 4YTO JJIs
g N . n o Al M3y4eHNsT MeMOpaHHBIX Oell-
0 7 4 6 8 n ko JIMP-cnekTpockonus oka-
3aiack He cToib 3 dexTuBHa,
Puc. 37. 3aBucrMocTb mapameTpa 3TOT MOAXOA YaCTO UCIOJb3Y-
YIOPSAAOUEHHOCTH S OT MOJOKEHUA 0T KaK HeMOAH(DHUIHUPYIOIINI
METKH B allHJIbHOM XBOCTE CITHH- METO/ U3Y4YEeHHUs] MeMOPaHHbBIX
MEUCHOMN JIEKaHOBOM KUCIIOTHI cTpykTyp. CTOJNB K€ Mepcrex-

TUBHBI M JpYyTHe HEeMOAH(H-
LUPYIOIINE METOABL: KPYyTOBO-
ro JMXpoHU3Ma U CKAHHUPYIO-

1 —no pesympratam OIIP, 2 — mo
naaHbIM SIMP-cnektpockonuu (n —
TI0JIOKEHHE METKH y aToMa yriiepoJa,
HAYUHAsl OT KapOOKCUIIBHOW TPYIIIIBI). LIIeH KalTOPUMETPHN.

5.3.5. METO/] KPYT'OBOI'O JUXPOH3MA

Meton kpy208020 Ouxpouszma TMO3BONSAET BBISICHUTD, KAKOW THUII
BTOPUYHOU CTPYKTYpHI MpeobiamaeT B MeMOpaHHbIX Oenkax. Be-
JUYWHA KPYTOBOT'O JUXPOM3Ma, XapakTepu3yeMasi OOBIYHO JLIHUII-
THYHOCTHIO, IPEACTABISIET cOO0H pa3HUIY B MOTJIOIMIEHUH 00pa3-
IIOM TIPaBO- W JIEBO-TOJAPU30BAaHHOTO cBeta. OHA OOBSICHSIETCS
pa3nuuusAMH B KOd(QPUIHEHTAX MOJSIPHOUW dKCTHHKIIUU MPaBO- U
JeBO-MOJAPU30BAHHOTO TO Kpyry cBerta. llpu wmHTepmnperanuu
CIIEKTPOB KPYTOBOTO AMXPOM3Ma BO3HUKAIOT HEKOTOPHIE TPYIHO-
CTH, KOTOPBIC CBSI3aHBI, B OCHOBHOM, C HETOMOTEHHOCTBIO MEM-
OpaHHBIX CyCHEH3UH, 00yclaBIWBAaIOLIEHd CriaXMBaHUE CIICK-
TPaJIBHBIX KPUBBIX.
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Ha mepBbIii B30I NPEACTABIACTCS, YTO JOJS CIUPATbHBIX y4acT-
KOB B MOJIeKyJie Oenka — He caMblii mH(QOopMaTuBHBIN mapameTp. Ho ¢
MOMOIIIBIO 3TOTO METOJIa MOYKHO BBISICHHTB, OCYIIECTBISICTCS JIA TPS-
MO€ BIMSHHE Ha MEMOpaHHbBIC CTPYKTYPbl BHEIIHUX (DAKTOPOB, €CIIH
3TO BJIUSHUE U3MEHSCT CIIUPATU3AINIO OCIIKOBBIX MOJIEKYJ. JTO U3Me-
HEHHE YacTO UMEET MECTO B TeX CiydYasx, Korja Haluomaercs coocT-
BEHHBIN KOH(POPMAIMOHHBIN CIBUT B MOJIEKYJIe O€lKa WM €CTh B3au-
MOJICHCTBHE MOJIEKYJ Oenka JApYr ¢ JPYyroM, KOTOpPOe W3MEHSET HX
KOH(OpMAIIHIO.

5.3.6. METOJ] CKAHUPYIOII[EU KAJIOPUMETPUU

[Mpunnun merona JughgeperyuanrvHol CKanupyrowel Kaiopumem-
puu COCTOUT B U3MEPEHHH Terjia, HEOOXOUMOTO ISl yBEIMUCHUS TEM-
neparypbl 00BEKTa HAa OY€Hb MaTyl0 BEJTMYWHY NPU HETPEPHIBHOM I10-
BBHIIICHUU TeMIlepaTypbl o0bekTa. [Ipu pabote ¢ nmunugamu MeMOpaH
U3MEHEHHE UX (ha30BOTO COCTOSHUS TAKKE MOXKET COIPOBOMKAATHCS
MIOTJIONICHNEM WM BBIJENIEHHEM Terura. Uem BBIIIe 3Ha4YeHHe MOTJIO-
HIEHHOTO TEeIUIa, TeM 0oJiee 3HAYUTENbHAs MOJIEKYJISIpHas peopraHu3a-
[Us IPOUCXOJUT B 00paslie TpH 3TUX YCIOBUsX. TakuMm oOpa3oM, H3-
MEeHEeHHsI KOH(OpMAaIui MaKpOMOJEKYJ MOXXHO W3MEpSTh, PETUCTPH-
pysl TEIUIO, BBIAENSEMOE HIIHM IOTJIOaeMoe IPH KOH(OPMAIMOHHBIX
nepexonax.

[Touemy meton HazbiBaercs audpepeHunansHeM? [loToMy uto s
HaXOXKJIEHUs TEIUTOTHI ()a30BOTO COCTOSIHHS BEIIeCTBa HEOOXOAUMO W3
PETUCTPHPYEMOTO MTOTIIONIEHHS (WJIN BBIJICIICHHST) CUCTEMOH Terlia BbI-
YeCTh TEIUIO, MOTIoIaeMoe (WK BBIIEISEMOE) €10 B OTCYTCTBHH (hazo-
BBIX NIEPEXO0JI0B, — COOCTBEHHYIO TETLIOEMKOCTb.

CoBpeMeHHBIE YYBCTBHUTEIBHBIC KaJIOPHMETPHI TO3BOJISIOT H3Me-
pATH (a3oBble MEepexoAbl B BOAHO-IHMIIMAHBIX Aucnepcusx. [Ipumene-
HHE 3TOr0 METOJIa JJIsl HCCIIEI0BAHUS POCTHIX HCKYCCTBEHHBIX CHCTEM
(MHILIEIITBI, BE3UKYJIBI, OMCIION KOTOPBIX OPraHU30BaHbI U3 (pocdomumm-
JIOB 3aJIaHHOT'O BUJA) a0 IICHHY MH()OPMAIKIO O MPHUHIUIIAX Opra-
HU3aIuu OUCIOs.

Brimo oOHapy»keHo, 9TO B OMCIIOSX HHIVBHAYATBHBIX (hOCHOIHINIOB KPH-
Trueckas Temneparypa (T,) i (hazoBoro nepexosa 3aHIMAET JI0IU FPajyca.
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o B cmecu pasmuuHbIx (Bochonu-
MUJI0B 00J1acTh (Pa30BOro mepe-
xoza 3aHuMaet 1-2 rpagyca. He-
KOTOpbIe (OCHOMUIHIBI TUIOXO

I I CMEIIMBAIOTCS JIPYT C JPYIOM,

! —> HaMpUMep, €CU UX YKUPHOKHC-
2 e JIOTHBIE TEMU OTIUYAIOTCS IO
nnuHe Oonee, yueM Ha 4 aToma

[ o m yriepoga. He cmemmBarores

@ @& TaKe TIHIEpOPOChHOTUITHIB 1

/ n N chuHroPOCHONUIUIB:  TTHKH,

xapakTepusyronme ux (azoBbie

,,_/ uwﬁm MEePEXO/Ibl, PETUCTPHPYIOTCS Ha

Puc. 38. Cxemarnueckoe TepMorpamMMax oOTaenbHO. Jlo-
uzo0paxkenue reaeobpasnoro (1), OaBleHME K TakuM oOpasuam
nepexoanoro (II) u XOJIeCTepoJia CIOCOOCTBYET 00-
xuarokpuctaumyeckoro (I1D) pasoBaHuio (asbl CO CMEIIaH-
COCTOSIHUS OUCIIOS B X0¢e HbIMH CBOfICTBaMH, IIpu 3TOM
WU3MEHEHUS TEMITEPaTyPhl (a30BbIi TEpPEXOs yXkKe HE Bbl-

sBIsieTc. B dochommmumax
TepMoOrpaMMbl XapakTepusyIoT Iepe-

CMEIIIaHHOTO COCTaBa, 00pa3yro-
X0 MEXAY OTHUMHU COCTOSIHUAMU IIPpU

yBemuuennn (1) u ymenburenmu (2) — HX OAHY basy, BeJ}HqHHa T
TeMIepaTyphL. Npe/ICTaBIsAET COOOHM XapakTe-

PHUCTHUKY 3TOM CMECH.

Ha Bemnumny Ty, Bausior
JUTHHA KUPHOKHUCIIOTHBIX IIeTIel B MOJIeKyJe (4eM OOJbllle aTOMOB yT-
Jepo/ia B )KAPHOKHUCIOTHOM pajiKalie, TeM BBIIIE TeMIlepaTypa mepe-
X0J1a) U CTeTeHb ee ruaparanuu. OOBOJHEHNE OMCIION CHIKACT TEMIIE-
patypy (hazoBoro mepexona. AHaIN3 TEPMOTPaMM HEKOTOPBIX (hocdo-
JUTHJIOB BEHISBIISET Iepe] HacTyIuieHHeM o0nacTu (pa3oBoro mnepexoja
TaK Ha3bIBAEMBI npeonepexoo (puc. 38). B HacrosIee Bpems cUUTa-
10T, 4TO TpeInepexo] BEI3BaH 00pa3oBaHMEM CKJIAaIOK OWCIOs, BBISB-
JISIONIMXCS TIPU U3MEHEHHH 00beMa, 3aHUMAaeMOT0 Ka) 10l MOJIEKYJIOH,
TOJIIIMHBI OUCIIOS U CBSI3BIBAHUS MOJIEKYJ BOJBI C €0 KOMITOHEHTaMHU.
IMpu oxnmaxkaeHnu oOpaslia COCTOSHUS, COOTBETCTBYIOIINE IpeJepe-
Xoxy, He oOHapyxuBatoTcs (puc. 38).
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Tepmorpamma HarpeBaHHs MEMOpPaHHBIX OOpa3lOB OTIMYAETCA OT
TEPMOTpaMMBbl UX OXJIAXAEHHUSA. DTO SIBIEHHWE HOCUT Ha3BaHUE zucme-
pesuca TAMUAHBIX CUCTEM M OOBSICHSETCS «IaMsAThio» IUNuaoB. OxHa
W3 TIPUYMH TaKOW MaMATH 3aKJII0YaeTCs B HEOJUHAKOBOW SHEPTHH THI-
paTanyy U JeTuApaTaiy JUMTUIHOTO OUCIIOSL.

Jlns HaTHBHBIX MeMOpaH LEHHOCTh Merona auddepeHnnanbHOM
CKaHUPYIOUIeH KaTOPUMETPHH HIKE, 9eM IS HICKYCCTBEHHBIX CHCTEM.
Bricokoe comeprkaHne XoJecTepolia B IIa3MaTHIECKUX MeMOpaHax He
MO3BOJIICT BBISIBUTH OTYETIMBBIX M3MEHEHHH TEIJIONPOLYKIHMUA B 00-
mactu (a3oBBIX MEPEX0A0B. B ciydae BHyTPUKIETOYHBIX MeMOpaH (a-
30BBI€ MEPEXObI He OOHAPYKUBAIOTCS IO APYTOH MPUUNHE — 3TH MEM-
OpaHbl OKa3bIBAIOTCS JIOCTATOYHO (OKUAKHUMM» B MPUEMIIEMOM HHTEp-
Bane Temneparyp (5—60°C).

5.3.7. ®JIVOPECHEHTHAA CIIEKTPOCKOIIUA

CBeroBas BOJIHA, CTAKUBAsCh C MOJIEKYJIOH KaKOTO-JIHOO BEIECT-
Ba, 100 paccenBaeTcs (M3MEHSICT HampaBlieHUE ABYOKCHHS ), TUOO TI0-
riommaercs (epenaeT CBO dHEPTrui0 Mojekye). Ilpu sTom Monekyma
MEePeXOIUT B BO30YKICHHOE COCTOSIHUE. DHEPTHs, TIOTJIOIeHHAas MOJie-
KYJIOH, MOXET pacceaTbcs B BHJIE Tela (B pe3yJIbTaTe CTOJIKHOBEHHUS C
JIPYTHMH MOJIEKYJIaMH) MJIM M3JIy4NUTHCS B BUjAE cBeTa. Kakoe mmeHHO
COOBITHE U3 YKa3aHHBIX 3/1eCh OyJIET HMETh MECTO, — OTIPENeNIsIeTCs CO-
CTOSIHHEM MOIIEKYJIBI B MOMEHT CTOJIKHOBEHUS. B030yKIeHHBIC 3JeK-
TPOHBI BO3BPAIIAIOTCS HA OCHOBHOM YPOBEHb IBYMS ITyTSIMH: JINOO HC-
IMyCKasi CBET, OO C MOMOIIBbI0 Oe3U3ITydaTeIbHOro mepexoaa. B mep-
BOM CITy4yae HMCITyCKaeMbIi CBeT 00a/aeT MEHbIIeH dHeprueid u 0oib-
el TMHOW BOJHBI (TakK Ha3bIBaeMbIii CTOKCOB CHIBHT), TaK KaK 9acTh
OHEPIruun TCPACTCA.

OddexruBHOCTh (ayopectieHIMKE (BEPOSTHOCTh H3IY4YaTEILHOTO
Mepexo/ia) XapaKTepU3yeTcss KBAHTOBBIM BBIXOJIOM 8, PABHBIM OTHOIIIE-
HUIO YHCJia U3ITYUYCHHBIX (bOTOHOB K 4YHCJIy IOTJIONICHHBIX. BCJII/IT-II/IHY
0, xak u CTOKCOB CIBHWT, ONIPEICISIOT M BHYTPEHHHE, U BHEIIHUE (ak-
Tophl. Hampumep, B ciiydae mpaHnc-U30MEpOB B HECKOJIBKO pa3 BEHIIIE,
4YeM B Cllydae yuc-u3oMepoB (uIyopeciupyrommx Mmoiekyn. K dawuciy
BHCUIHUX Q)aKTOpOB OTHOCHTCSA CTOJIKHOBCHUC C MOHeKy.IIOfI TYHIUTEIIA
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(Ounamuyeckoe myuienue) umu odpazoBaHrue KOMITIEKca (piryopeciieHT-
HOM MOJIEKYJIBI C TYLIUTENEM (Crmamuieckoe myuieHue).

[epBbIii mporiecc (M3My4aTeNbHBIA NePeX0) 3aBUCUT OT BI3KOCTH
Cpeasl M MOXKET OBITh HMCITONIB30BAH Ui €€ M3MepeHus. TymmuTensiMu
(uryopecueHInn ABISIOTCS msdiceavie anuonvl unu xamuonsvt (J°, Br,
Cs', Cu*"), mapamarueruxu (Mn®", HUTpoKCHIbHBIE paauKaisr). Kpome
TOTO, HaONIOaeTCs TylIeHue (IIyOpPECIeHIINN B TIOJSPHBIX PaCTBOPH-
TeJsIX, HalPHIMeEp, B BOJIE.

Bropotii ciayuaii — 6e3bI3TydaTeNbHbIA Iepexo]] B OCHOBHOE COCTOSI-
HUE — MPOUCXOUT, €CIIM HanOoJee BRICOKHI KOJIeOaTeIbHbIN oIy po-
BEHb OCHOBHOTO COCTOSIHHSI MMEET MPUOTU3UTENHFHO Ty e JHEPrHio,
YTO U HU3KUH KoNeOaTeNbHBIM YpOBEHb BO30Y>KAEHHOTO COCTOSHUSL.
Takoll mepexon XapakTepeH Uil «2UOKUX» MOJEKYI. Y «Jcecmruxy
MOJIEKYJI, CO/IEPIKaIINX apoMaTHUECKHe KOJbIla, Yallle BCero Hado a-
eTCsl U3JTy4YeHHEe 4acTu MOTJIOUIeHHOM sHepruu. Ilepexon MoieKkyssl B
BO30Y>KICHHOE COCTOSIHUE COMPOBOXKIACTCS W3MEHEHHEM IUIOIBHOTO
MOMEHTa MOJIEKYJBl. DTO B CBOIO OYepeab MOJSPU3YET SJIEKTPOHHEIE
000JI0YKH OKPYIKAIOIIUX MOJIEKYJI, 9TO MPUBOIUT K CMEIIEHHIO aTOMOB
U TIepeopHeHTAllMl MOJIEKYJ. 3aTpara 3HEpPrud Ha 3TU IPOLECCHl U
MPUBOANT K CIABUTY B JJIMHHOBOJHOBYIO 00NIacTh crekTpa. CTOKCOB
caBur O6yneT TeM Oosbie, 4eMm Oosbie: 1) n3MeHeHne JUIOILHOTO MO-
MEHTa MOJIEKYJIBI IPU BO30YKJI€HUH, 2) BpeMsl )KU3HU MOJIEKYJIbl B BO3-
OyKIICHHOM COCTOSIHUH, 3) MOJIIPU3YEMOCTD OKPY>KaIOIIUX MOJIEKYJL.

B HekoTophIX ciydasx BO30OYXKICHHAs MOIEKYyJa, CTaJKHUBAasCh C
HUICHTUYHON HEBO3OYXICHHOW MOJEKYJIOH, 00pa3yeT KOMIUIEKC — 9K-
cumep. Ilpu 3TOM U3 IUIOCKUX MOJIEKYJ BO3HHMKAIOT CTPYKTYpbI THUIA
COHIIBUYA, KOTOPHIE CTAOWIM3UPOBAHBI MEPEHOCOM 3apsiia OT OJHOM
MOJIEKYJIBI K apyroii. Ha mepenoc 3apsma TpaTuTcs 4acTh SHEPTUU I10-
TJIOLIEHHOTO KBaHTa, IOATOMY SKCUMeEp (IiyopectupyeT B Oonee JIMH-
HOBOJIHOBOH oOmactu. Cmenens sxcumepuzayuy 3aBUCUT OT KOHLICH-
Tpanuu XpoMogopa, TEMIEPATYPHI U BI3KOCTH OKPYIKAIOMIEH CPEIBI.

PacnpocTpaHeHHBIM (ITyOpeCHEeHTHBIM 30H0M, HCIIOIB3YEMBIM JUIS
MU3MEpPEHHs MHUKPOBS3KOCTH MeMOpaH MO JIETKOCTH €ro 3KCHMepH3a-
1uy, siBisgercs nupeH (puc. 39). [lupen koHueHTpUpYETCS B TUAPOGHOO-
HBIX KOMITAPTMEHTaX MeMOpaHbI, paclojiarasich MeXay >KHPHOKHUCIOT-
HBIMH LeNsAMH JUnuAoB. Ero skcuMepuszaius NpornopuHoHaIbHA
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Puc. 39. Crektpsl ¢uryopeciieHIny nupeHa B MeMOpaHax MUKPOCOM
MOYeK MPH Pa3HBIX TEMIepaTypax ¢ ykazaHHeM MaKCHUMyMa
¢dyopecniennuu MoHoMepHO# (I39,) 1 sSkcuMepHOit (I465) hopm (A)
u rpaduK AppeHnyca Uil SKCHMEpHU3aliy TUPEeHa B HCCIIETyEeMOM
obpasie (b)

Ob6nactp mepern6a Ha rpaduKe COOTBETCTBYET TemIeparype (a3oBOro
nepexoja.

MOJIBUKHOCTH MOJIEKYII B OMCIIO€, TOITOMY IPH MPOYUX PABHBIX YCIIO-
BUSIX ¥ HEM3MEHHOM KOHIICHTPAIIMU MUPEHA BEIMYNHA SKCHUMEPU3AIH
MOJKET CIIY)KUTh XapaKTePUCTUKONH MUKPOBSI3KOCTH MEMOpAHBI.

[MoHmKkeHe TeMIepaTypbl YBEIWYMBACT MHKPOBS3KOCTh OHCIIOH,
OTpaHNYUBACT MOJBUKHOCTH MOJICKYJI TIMPEHA U CHUXKACT YPOBEHB €ro
skcuMepu3anuu. [Ipu Bo3pacTaHMKM TEMIIEPATypPhl MOIBUKHOCTh KHP-
HOKHUCIIOTHBIX IIETIeH B CEepJIIeBUHE OMCIIOs BO3PACTAacT, YBEIUYHUBACT-
Cs U BEPOSITHOCTH BCTPEYM MOJICKYJ NUpeHa. V3yueHune 3aBUCUMOCTH
SKCHUMEPH3AIllUK MUpPEeHa B MEMOpaHax OT TeMIlepaTypbl (WK IPyTruX
(haKTOpPOB) MO3BOJISIET BBISICHUTh OTHOCUTEIbHYI0 MHUKPOBSI3KOCTh MEM-
OpaHHBIX CTPYKTYP U BBISBHTH 00JIaCTh KPUTUYECKHUX TEMIIEpaTyp, MpU
KOTOPBIX HaOmogaeTcs (pa3oBhIi epexo ] B MeMOpaHax.
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Tymenue ¢uryopecleHIIuy HHOTAA MPEJCTaBIsieT COO0H pe3ynbTar
JanpHel Oe3bI3MydaTesIbHON Mepefadn (TaKk Ha3bIBaeMOTO PE30HAHCHO-
ro mepeHoca) SHepruu. B sToM ciydae cuctema cOOep:kKuT nBa ¢uryo-
pecumpymux xpomModopa, mpuYeM CHEeKTp HUCITyCKaHUS OIHOTO M3
HUX (IOHOpa) MOJKEH MEPEKPBIBATHCSA CO CIIEKTPOM IOTJIOIIEHUS Ipy-
roro (akuenrtopa). Ilpu HamuuMu mepeHoca PHEPTUM MHTEHCUBHOCTD
(ryopecrieHIInM TOHOpa CHIKAETCS, a aKIeNTopa — YBEITMYHBaETCs.
D¢ heKTUBHOCTH MEpEeHOCa 3aBUCHT OT TUCTAHIIUH MEXIY ITOHOPOM U
aKLENTOPOM, M TO SIBIICHHE MOXET OBITh UCIIOJIL30BAHO IS OTIpeerie-
HUS PACCTOSHUS MEXIy OTpeAeNeHHBIMH I'PyIIIaMd B MEMOpaHe ¢ I1o-
MOIIIBIO CBOECOOPA3HOU «CIIEKTPOCKOMUICCKON JTHMHEHKM». Takol «im-
HEeNKOo» MOXeT sBIAThCS nupeH. C ero MoMoIIbI0 MOXHO M3MEpPHUThH
YHOPAJOYEHHOCTh aHYJSIPHOTO CIIOS JIMINUAOB M OLEHHUTH XapakTep
MEXOEITKOBBIX B3aUMOJICHCTBHIA B MeMOpaHe.

OO0snacTh BO30YKICHUS MHPEHA MEPEKPHIBACTCS C 00JIACTHIO MCITYC-
KaHUs mpunmoganunvruix paouxanos o6enka (330-335 um). Ecnu mem-
OpaHHBIC OCIKH COAep)KaT TPUNTO(PAHWIbHBIE paTuKaasl U 00JIagaroT
coOCTBeHHOH (uIyopecIieHITneH, YJaCTUIHO OHA OyIeT TYIIUTHCS TEMHU
MOJIEKYJIaMH TIUPEHA, KOTOPbIE MOTYT MOJOWTH K OETKOBBIM XpoModo-
paMm Ha paccrosiaue paguyca @epcrepa (15-20 A). CnenosarensHo, oc-
Bemass mpoOy B oOyacTu BO30YXKIEHUS TPUNTO(PAHUIBHBIX OCTAaTKOB
(280 HM) u uccnenys TymeHne OeNKOBOW (UIyOpecHeHLMH U BO3Tropa-
HHUE (QIyopecueHINN MUpeHa, MOKHO OLIEHUTh JOCTYIHOCTb OEJIKy TOH
MOPITUH THPEeHA, KOTOpast JOKaJIU3yeTcss B aHHYJsIpHOM cioe. O0pazo-
BaHME OEJKOBBIX aCCOIUATOB, COMPOBOXIAIOIICECS CHIDKEHHUEM JIOJH
AQHHYJISIPHBIX JIMIHMIOB BCJICACTBHE WX BBITECHEHHS W3 O0JIACTH MEX-
OeNKOBBIX KOHTaKTOB, OyAeT 3amuinaTh COOCTBEHHYIO (piryopecieH-
U0 TpI/IHTO(I)aHI/IHBHI)IX pagnuKajioB Oenka oOT TYUICHUA MNHUPEHOM H
TaK¥XKE€ MOXET 6I>ITI) BBISABJICHO U KOJIMYCCTBCHHO BBLIPAXKCHO C IIOMO-
IBIO 3TOTO METOA.
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6. TPAHCIIOPT BEHIECTB YEPE3 MEMBPAHY

6.1. XAPAKTEPUCTHKA TPAHCIIOPTHBIX ITPOIIECCOB

OpnHa u3 Hanboee CyNMIECTBEHHBIX (DYHKIUH OMOIOTHYECKHX MEM-
Opan — obOecrnieueHrne M30MPATEITHLHOW MPOHUIIAEMOCTH IS BEIIECTB,
TPAaHCIIOPTUPYEMBIX B MpOLECcCe )KUZHEACATEILHOCTH KaK U3 KIETKU B
Cpely, TaK U U3 Cpeibl BO BHYTPEHHEE MPOCTPAHCTBO KieTKu. OTHelb-
HBIE YaCTH JXUBOW CHCTEMBI, pa3JielieHHble MeMOpaHoii, Oyas To pas-
HBIE KIJIETKH HJIM OT/ENbHBIE KOMIIAPTMEHTHI BHYTPUKIIETOUHON CPEIbl,
(YHKIMOHUPYIOT KaK OTKPBIThIE CHCTEMBI. C MOMOIIBIO TPAaHCIIOPTHBIX
CHCTEM OCYIIECTBIIACTCS PETyIALUs 00beMa KIETOK, BeMnIuHbl pH u
HMOHHOT'O COCTaBa IIMUTOIIIA3MBI.

Cpenu MHOTOOOpa3HBIX SIBICHHM, MPOTEKAOIINX B KIETKE, BAYKHOE
MECTO 3aHMMAIOT AKTHBHBIA M TACCHUBHBIA TPAHCIIOPT BEUIECTB, OCMOC,
¢buneTpanusa u 6uosnekmpozenes. biaaronaps TpaHCTIOPTHBIM CHCTEMaM
KJIETKA HAaKaIlUIMBAIOT METa0ONUTHI, BayKHBIE ISl 0OeCIIeueHHsI DHEpre-
TUYECKOTO IUKJIA ¥ META0OIMYECKUX MPOIECCOB, BEIBOJAT B OKPYIKaIO-
Y10 Cpeny TOKCHYECKHE BEIECTBa, a TAKKE CO3AAI0T Pa3HOCTh MOTEH-
aJioB Ha MeMOpaHe. B Hacrosiee BpeMsl OU4EBHIIHO, YTO BCE ITH SIB-
JICHUs! TaK WM WHAUe ONPENeNSIOTCS OapbepHBIMHU CBOWCTBAMH KIIETOU-
HBIX MEMOpaH.

B 3aBucuMoOCTH OT MOTPEOHOCTEH KIETKH TPAHCIIOPT BEIIECTB OCY-
HIECTBIISCTCS UITH 110 WJIM TPOTUB KOHLEHTPAMOHHOTO rpaxuenTa. Cro-
c00 MPOHUKHOBEHUS Yepe3 MeMOpaHy B 3HAYMTEILHON CTEIIEHH Ompejie-
JsieTcs cBoiicTBaMu BeliecTBa. HU3KOMoONEKynsapHbIE HEUTpabHBIE BeE-
IIECTBA, TAKHE, KaK Ta3bl, BOJA, aMMHAK, TITUIIEPUH U MOYEBHHA, CBOOO/I-
HO aupdyHIUpyIoT Yepe3 OnomeMOpansl. OJHAKO C yBETMYCHUEM pas-
Mepa MOJIEKYIIBI TEPAIOT 3Ty crocoOHOCTh. K mpuMepy, KieTouHble MeM-
OpaHbl HEMPOHUIIAEMBI JUISl TIIFOKO3bI M JpPYyrux caxapos. [IpoHuriae-
MOCTb OMOMEMOpaH 3aBHCHT TaKXe OT MOJISIPHOCTH BemiecTB. Hemomsp-
HBIE BELIECTBA, TAKUE, KaK OEH30J1, 3TaHOJ, AUITUIOBBIN 3puUp 1 MHOTHE
HapKOTUKH, CIOCOOHBI TPOHHMKATh B KIETKY B pe3yibrare AuQQy3um.
HampotuB, 11t runpo@uiibHBIX, OCOOEHHO 3apsHKEHHBIX BELIECTB, MEM-
Opana HenpoHuIaema. OHAKO BO MHOTHX CITy4asiX MMEHHO TaKHe Bellle-
CTBa HEOOXOMUMBI ISl (PYHKIIMOHHUPOBAHUS KIIETKH, TIO3TOMY B JKHUBBIX
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CHUCTEMAaX  HBOJIIOLHOHHO  C(OPMUPOBAIUCH  CIEHUATM3UPOBAHHbIE
TPaHCIOPTHBIE CHCTEMBI IS IEPEHOCA TAKUX BELIECTB Yepe3 MEMOpaHy.
Brinenstor 5 pasHOBUAHOCTEH MeMOpaHHOro TpaHcmopra: 1) mac-
cuBHas nuddysus; 2) odnerdennas Audysust; 3) MepBUIHO-aKTHBHBIH
TpaHCcnopT; 4) BTOPUYHO-aKTUBHBIN TPAaHCIOPT; 5) MEXaHU3M, COMpS-
JKEHHBIH C N3MEHEHUEM CTPYKTYPHOH LeOCTHOCTH MeMOpaH (puc. 40).
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auchpysun  AMDPY3uA

L J
MaccueHbIA TPaHCNOpPT AKTUBHbLIA TPaHCNOPT

Puc. 40. Buibl akTUBHOTO M TACCUBHOTO TPAHCIIOPTa Yepe3
OHOTIOTNYIECKyI0 MeMOpaHy

IlepeHoc BemecTB Yepe3 OMoIOrHIecKkre MeMOpaHbl OCYIECTBISIET-
Cs1 C IOMOUIBIO PA3IUYHBIX MEXaHU3MOB M IPOTEKAET B OCHOBHOM 0e€3
HapyIIeHUsI CTPYKTYPHOH 1enocTHOCTH MeMOpaH. Ecnu Tpancmopr co-
MIPOBOXKJAeTC YMEHBIIEHHEM CBOOOJHOMN 3HEpPruM, OH NMpOTEKaeT ca-
MOIIPOM3BOJBHO M Ha3bIBAE€TCA MACCUBHBIM. [laccusHuvlii mparncnopm
(maccuBHas wiu obserdeHHass aud¢y3us) MPOUCXOANT IO HaIpaBe-
HUIO TPAJAMEHTOB XHMHYECKOTO 3JIEKTPOXMMHUYECKOr0) MOTEHIMaa,
pE3yJIBTAaTOM YEro ABISAETCS YMEHBIIEHHE IPAJUEHTOB KOHIIEHTPALUH,
€CIIM HeT APYTHX IMPOLECCOB, KOTOPhIE 00ECHEeUNBAIOT UX MOIAEpKa-
HUE Ha TOCTOSTHHOM YPOBHE.
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KpoMe yka3aHHBIX BHJOB TpaHCIIOpPTa B MEMOpaHe UMEIOT MECTO
TaKXe MPOLECChl, He CBA3aHHbBIE CO criequ(uIeckuMu cTpyKTypamu. K
TaKOBBIM OTHOCHTCS €Ille OJIWH BHI TpaHcnopta. Hecneyuguueckasn
ouggy3us SBIAETCS TMPOIECCOM, HE CBA3AHHBIM CO CHEIUPDUICCKAMU
CTPYKTypaMH — OHa OCYHLIECTBIISiCTCs Onaroapsi GU3NKO-XUMHUECKIM
cBo¥icTBaM JUNUIHOTO Oucios. OObSICHEHNE MeXaHW3Ma Hecnenudu-
geckor muddy3un yepe3 OHoornIecKkue MeMOpaHbl MaTBIX MOJIEKYII,
TakuX Kak AUMeTHI(opMamMua, BoJa WIM THAPO(POOHBIE MOJIEKYIIBI
MeTaHOJia, OCHOBAHO Ha MPEACTABIECHUU O ITUHAMHUYECKHX CBOWCT-
Bax Owucinos. [lonmaratoT, 9T0 Maybple MOJIEKYJBI MOTYT JOCTaTOYHO
OBICTPO TPOHUKATH Yepe3 OWCION BMECTe ¢ KMHKaMH, BO3HHKAIO-
UMK B 00y1acTU Ae(EKTHBIX 30H B CTPyKType Oucios. Takue ko-
POTKOXXHUBYIIIHE MUTPHPYIOIUE 00pa30BaHMs HEIb3Sd CUMTATH TOpa-
MU, TTOCKOJIBKY OHH HE TPEOYIOT CHeIHalbHBIX OeTKOBBIX 00pa3oBa-
Huil. Hecienuduyeckas nuddysus ocymecTBisercst 0e3 ydacTus crie-
[MUATEHBIX MEXaHH3MOB: BEIIECTBA NMPOHUKAIOT Yepe3 MeMOpaHy Oia-
romapsi HUTHIUIO Kunkosé (0T aHri. Kink — meTist) uim B 00J1acTH MeM-
OpaHHBIX NeeKToB. BeneacTBue TemIoBoro ABMKEHUSI XBOCTOB MOJie-
KyJ (ocomUNUI0B KUHKKA MOTYT TepeMeIlaThes Mornepek MeMOpaHbl
Y TIEPEHOCUTH TIOTIABIINE B HUX MEJIKHE MOJIEKYJIbI, B TIEPBYIO OUepeb,
MOJICKYJIBI BOJIBI.

Oo6neruennas auddysust TpeOyeT A CBOEro MPOTCKAHUS HATUYHS
0enKoB — mopoobpa3oBaTeNel Wik NEPeHOCUNKOB. TaKMMU epeHOCUH-
KaM{ CIy»aT aHTHOMOTHKH-KaHATO(QOpMepHl (OHH PazIHYaloTCs 10
CHenn(pUIHOCTH: BATMHOMHIIMH BBICOKOCTICITU(DHYEH JUTS KaJHsl, HOHO-
MUIUH — JUIS KaJbIHs, TPAMHUIIUIUH OTHOCUTEIHHO MaJlo crenuduyeH
JUTSL HATPHsI) WM ONKH IMOPHUHBI, 00pa3yIolre MOphl sl BOJIBI B Ha-
PY’KHOH KJI€TOUYHOW MeMOpaHe (aKBaIllOpHHBI) MM B MEMOpaHax MUTO-
XOHApHUW (4epe3 HHUX MOTYT HPOHUKATh JAaKe HU3KOMOJIEKYJISpHBIE
Oenkn).

AxmugnviM mpancnopmom Ha3bIBAIOT TMPOIECC TEepeHoca BEIeCTB
WM MOHOB MPOTUB UX KOHICHTPAIIMOHHBIX IPaJIMEHTOB, KOTOPBIN Tak
WIN WHaye oOecTeurBaeTCs SHEeprueil MeTaboIM4ecKuX IMPOLECCOB.
AKTHBHBII TPaHCIOPT OBIBa€T MEPBUYHO-aKTHBHBIM W BTOPHYHO-aK-
TUBHBIM. B ciy4ae MOHHOTO TpaHCHOpTa, 00ECIeYnBAEMOTO TpaHC-
noptHeiMU AT®azamu (MX HaA3BIBAIOT TAKXKE HMOHHBIMH HACOCAMH),
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sHeprojawonieil craaueit apisiercss runponu3 ATO. Takoil mpoiecc
Ha3bIBACTCS NEPBUUHO-AKMUSHbLIM mparcnopmoMm. Eciu ke sHeprus
00ycyoBiIeHa IpaIueHTOM HOHOB, CO3/IaHHBIM HE3aBHCHUMO, HAlIpUMED,
B Ipoliecce MEePBUYHO-aKTHBHOTO TPAHCIIOPTA, STOT MPOIECC Ha3bIBa-
eTcs 8MmopuyHO-axmughviM mpancnopmom. CrenuanbHble MeMOpaH-
HBIE CTPYKTYphI 00€CIIEUNBAIOT MACCUBHBIN M aKTUBHBIM TPAHCIIOPT, B
YHUCIIO KOTOPBIX BXOIAT KaHANBI, IEPEHOCUYUKU U (EPMEHTHI, OCYIIeCT-
BILSIIOIINE TIEpEMEIICHNE HOHOB (BEIIECTB) IPOTHB MX KOHIIEHTPAIHOH-
HOT'O TPaJUcHTA.

Kpome 3Tnx OCHOBHBIX BHIOB TPAHCIIOPTa UMEIOTCS CIIEUATbHEIE
BHJIBI TIEPEHOCA BEIIECTB dYepe3 MeMOpaHy, BBIICISIEMBIE B OCOOYIO
TPYIIy: OHU COIPSDKEHBI C W3MEHEHHUEM CTPYKTYpHOH HENOCTHOCTH
MeMmOpaH. Croa OTHOCATCSI MPOLECCHl BBICBOOOXKICHHS MEIHAaTOPOB
mpu BO30Y)KACHWW CHHAIICOB (IIPOMCXOAMT CIHUSHUE CHHANTHIECKUX
MYy3BIPEKOB ¢ MEMOpPaHOH M BBICBOOOXK/IECHHE UX COAEPKUMOTO B CH-
HaNTUYECKYIO IIeNb), IEPEHOC TeHETHUECKOro MaTepuaa uepes saep-
HYI0 MeMOpaHy, MPOLECChl MUHOIUTO3a W IK30IMTO3a, a TakXKe Jes-
TEJILHOCTH MepMea3 O0akTepuil, 0OecIieYnBalONINX IMepeMelleHre Yepes3
KJIETOYHYIO CTEHKY OJIUTOIENITH/IOB.

[leperoc OEIKOB OT OJHUX OPraHEIUT K JAPYTUM MPOUCXOAUT C TIOMO-
HIBIO e3uK)/l. BE3NKyIIbI OTIIOYKOBBIBAIOTCS OT MEMOpAH OIHON OpraHe-
JIBI, @ 3aTEM MCYE3aI0T, CIUBASICh C MEMOpaHOH APYTroi opraHesuibl. benku
NPU 3TOM HaXOAATCS B TOJIOCTU Iy3bIpbKa MM B COCTaBe MeMOpaH Mo-
OOHO MHTErpaTbHBIM OenkaM. [lepeHoc depe3 OGrmoMeMOpaHbl OEITKOB CO
3HAYMTETBHON MOJIEKYIISIPHOM MacCOW OCYIIECTBISIETCS CIICIMATBHBIMH
TPAaHCHOPTHBIMHM cHCTeMaMH. V3 mUTOIUIa3Mbl B AApO OEJKH MOMajaroT
yepe3 kpynHbIi (125000 x/{a) 3amomHeHHBIH BOJION 70pUHOBbIl KOMIIEKC.
TpaHcropT OeNTKOB Yepe3 Hero SHEPro3aBUCHM U TOITOMY MOXKET PeryJiu-
poBatbesl. SlnepHble OeNKH HECYT OAHY WM HECKOJBKO CHTHAIBHBIX T10-
CIIeIOBATENLHOCTEH, C MOMOIIBIO KOTOPBIX OHH CBS3BIBAIOTCS C TOPHHO-
BBIM KOMILIEKCOM U UMITOPTUPYIOTCS C COXPAHEHHEM TPETHYHOM CTPYKTY-
pbl. IMIopT 0ellkoB M3 HUTOIIIa3MBI B OPTaHEIUTbl OCYILECTBIsIETCs Oe-
KaMU-TIEPEHOCUMKAMH, KOTOpBIE TPEACTABISIOT COOON OelKOBBIE KOM-
TUTEKCHI, TIEPEHOCSIIHEe JIMHEWHBIE TONUIENTHAB Yepe3 OnoMeMOpaHbI
TarOKe 3HEPro3aBUCHMBIM 00pa3oM. Crienn(pIIHOCTH Iporecca o0eceyn-
BACTCS 32 CUET CBA3BIBAHUS CUTHAIBHOM IOCIIEN0BaTENbHOCTH C OIvKaii-
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MM perenTtopoM. TIporiecchl pa3BepThIBaHUS U BTOPUYHOM YKIIa KK Oel-
KOB KOHTPOJIUPYIOTCS OCTIKAMH UANEPOHAMU.

[TaccuBHBIA M aKTUBHBIN BHUIBl TPaHCIIOPTa HOHOB OOecIlieunBa-
I0TCSI CIICNMANBHBIMU CTPYKTypamu. B ux uwuciie kananvl, nepenoc-
YuKU U pepmenmul, OCyUICCTBISIONINE MEepeMeleHrne cuenupuye-
CKMX MOHOB NPOTUB MX KOHIEHTPALUMOHHOI'O I'paJHEHTa 3a CYeT
sHepruu AT®. 3a4acTyro OJJHU U T€ K€ MEXaHU3MbI MOTYT UCHOJIb-
30BaThCsl U JJIsl MACCUBHOTO, M JUIsI AKTUBHOI'O MEPEHOCA, TOJIBKO B
MOCJEeIHEM clly4ae OHU COSIMHEHBI ¢ «OMOJOTHUYECKUM TpaHCcop-
MaTopom» 3Heprum (ATda3zoif), oOecIeUYNBAIONIUM IPOIECC aK-
THBHOTO TpaHcmopTta 3Heprueit (puc. 40). Kak maccuBHBIN, Tak u
AKTHBHBIM TPaHCHOPT, B 00meM BHJAE, NOJYUHSACTCS KHHETHKE Ha-
CBHIILIEHHUS, YTO CBUAETEIHCTBYET O HaJUYMH KOHEUHOI'O YHCIa yda-
CTKOB IIE€peHOca.

JIBIKYIIMMH CHJIaMH HACCHBHOIO0 TPAHCIOPTAa BEIIECTB 4Yepes
OMoJIOrNUeCcKy10 MEMOpaHy MOTYT CIIYKHTh CIEIyIOIIIE TPauCHTHI:

— KOHIIEHTPALMOHHBIN — U1l HEHTPAJIbHBIX MOJIEKYJ,

—  DJEKTPOXUMHUYECKHUH — JIJIsl HOHOB,

— TpajueHT THAPOCTATHYECKOTO JABICHHUS U OCMOTHUECKHHA Ipajau-

€HT — AJIs1 BOABI.

TpancmemMOpaHHBII TPagHeHT KOHIEHTPALWN MOJIEKYJ Pa3InIHBIX
BEIIECTB MEPUOJUYECKH BO3HHUKAET (MM MOCTOSHHO CYHIECTBYET) Ha
KJIETOYHOH MeMOpaHe B mpolecce >ku3zHenesTenabHocTu. [lpu onpene-
JICHHBIX YCJIOBHSIX Yepe3 MeMOpaHy KJIETKH OCYIECTBJSETCS Iepe-
MEIeHHE ITUX COCJAMHEHUI B HANpPaBICHUW WX KOHIIEHTPAIMOHHOI'O
rpajueHTa.

Crenyromue OTIIMIUSA XapaKTePHBI s 00JIeT9IeHHON quddy3nun:

1) mepeHOC MOHOB C ydYacTHEM MEPEeHOCYMKA MPOUCXOJUT 3HAUH-
TENBHO OBICTPEE MO CPABHEHHIO CO CBOOOAHON nudysuei;

2) obneruennas nuddysus odaagaeT CBOMCTBOM HACHIICHHS — MIPH
YBEIMYEHUH KOHIIEHTPALUU C OJHOW CTOPOHBI MEMOpPaHBI TIOTHOCTb
MOTOKa BELIeCTBa BO3pACTAET JIMIIb 0 HEKOTOPOTO MpeJielia, KOraa Bce
MOJIEKYJIbI IEPEHOCUHKA yiKe 3aHATHI (puc. 41);

3) npu obnerdyeHHo# muddy3un HAOIIOIAeTCs KOHKYPEHIHUS Tepe-
HOCUMBIX BEIIECTB B TeX CIy4asx, KOTJa OJHHM MEPESHOCUYUKOM Iepe-
HOCSITCSL Pa3Hble BEIECTBA; NMPH ITOM OJHH BEUIECTBA IMEPEHOCITCA
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KOHUEHMpPAyuA
MPARCROPIMUPYEMbIX MONEKYA
Puc. 41. 3aBucUMOCTH CKOPOCTH
TPaHCIIOPTa OT KOHIIEHTPAITUH
TPAHCIIOPTUPYEMBIX MOJIEKYJT
npu kaHaneHOM (1) 1 mepeHoc-
gukoBoM (II) mexaHn3Me
A - cxema, b — xuHerHueckas
3aBHCHMOCTb.

Jyd4iie, 4yeM ApyTue, U 100aB-
JICHWE OJIHHMX BEUIECTB 3a-
TPYIHSET TPAHCIOPT IPYTHX;

4) BemiecTBa, KOTOpBIE 00-
pa3yloT MPOYHBIM KOMIUIEKC C
MOJIEKyJIaMH  TIEPEHOCYHKA,
MPETATCTBYS  AalbHEHIeMy
MepeHocy, OJOKUpPYIOT 00Jer-
yeHHYI0 11D y3Hro

Kanansl, chopmupoBanHbIe
13 MaTPUYHBIX OCJIKOB, 3HAYM-
TENBHO OO0JIErYaroT MPOIECC
nepeHoca, HO B OTIMYHE OT
OCIIKOB-TIEPEHOCUNKOB,  IPO-
HU3bIBasg MeMOpaHy HAaCKBO3b,
SIBIIIIOTCS. ~ HETIOJIBHYKHBIMU.
Kananvnvle d6enxu odbpasyror B
MeMOpaHe 3aIroHEHHBIE BO-
JIOW TIOPBI, TPOHHUIIAEMBIC ISt
oTpesieNIeHHBIX NOHOB. Hampu-
Mep, HUMEITCs crenudude-
CKHE MOHHBIC KaHAJBI [T HO-
HoB Na', K', Ca*". B orinune
OT MOHHBIX KaHAJIOB OenKu-ne-
penocuuxu 0o0pa3yroT CIIeIn-
¢udeckuil KOMILIEKC C MOJe-
KyJoi cyOcTpara, KOTOpBIi

o0jamaeT crocOOHOCTRIO JIETKO NMPOHMKATh depe3 MeMOpaHy. B atom
OTHOLICHUU OENKU-TIEPEHOCYUKN (TPaHCIOPTHBIE OENKH, IepMeasbl)
NOX0XH Ha (GepMeHThl. ENMHCTBEHHOE Pa3IMyle COCTOMT B TOM, YTO
OHU «KaTaJH3UPYIOT» HAINpPaBICHHBIH TPaHCIOPT, a He (hepMEHTATHB-
HyI0 peakuuio. OHH TPOSBISIOT BHICOKYIO CIEUU(PHUYHOCTh — MHOTIA
TPYNIOBYIO — K CyOcTpaTaMm, MoUIeKalliM NepeHoCcy depe3 MeMOpaHy.
OHM XapaKTepU3YyIOTCS ONpPENENICHHBIM CPOACTBOM, BBIPAKAEMBIM B
BHJIe KOHCTaHTHI K, ckopocThio TpaHcmopTta V.
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MOHHBIA KAHAN

KaHanbHblH U IIEPEHOCUYUKO-

BB TUNBI TPAHCIOPTA JIETKO
pPa3IUYUTh MO KOHLIEHTpaIU-

OHHOM 3aBUCHUMOCTH CKOpPOCTHU
TPaHCIOPTHOTO IIpoLecca: Ka-

HaJbHBIA TUN HMEET JHHEH-

HYIO 3aBUCUMOCTb, a IEPEHOC- el
YUKOBBIM THIT XapaKTEPHU3yeT-
Cc1 KHMHETHKON HAaCBIIIECHUS
(puc. 42).

HNouHble KaHalbl HUIPaAIOT

OYeHb BaXHYIO pOJIb B
(YHKIIMOHUPOBAHUU KIIETOK.
B uacTHOCTH, OHH oOO0ecIie-
YUBAKOT Ilepeaadyy HEPBHOTO  UepHBle KpyKKH — HOHBI KajWd,
UMITYJbCA W MBIIIEYHOE CO-  Oenble — MOJNEKYIbl BOJbI.
kpamenue. IIpu ucciegora-
HuM Oakrtepuit Streptomyces lividans B 1998 1. P. MakkuHHOH
(maypear HoGeneBckoii mpemun mo xumuu 3a 2003 rox) mokasai,
YTO KaJIMEeBBII KaHAJI COCTOUT W3 OENKOB, 00pa3yoIIuX Telo KaHa-
Ja, 1 «HOHHOTO (DHIIBTPa», KOTOPHIA B KaXABIH MOMEHT BPEMEHH
3aHST JBYMS MOHAMU KaJusl.

Pasmeps! GuibTpa TOYHO COOTBETCTBYIOT pa3MepaM HOHOB Kajus,
BCJIEZICTBUE 3TOr0 MPOUCXOAUT UX JOCTATOYHO IMPOYHOE CBS3BIBAHUE.
Hons! mpoxoasT yepe3 KaHai 1o 3cTadeTHOMY MEXaHU3MYy, KOTJa CBS-
3bIBAHHME TPETHETO MOHA B (DMIIBTPE MPUBOAMT K BEICBOOOXKACHUIO TIEP-
BOI'O MOHA C MPOTHUBOIIONIOXHOW CTOPOHBI KaHaa.

OnucaHHBIE MEXaHH3M IIO3BOJISIET COBMECTHUTH BBICOKYIO CKO-
POCTh C BBICOKOW HW30MpaTENbHOCThIO PabOTHI KaHaia. BEIABICHBI
CTPYKTYpHBIE OCOOCHHOCTH PEryJISIIMM MOHHBIX KaHAJIOB, KOTOPHIC
obecreunBalOT WX OTKPBIBAaHME M 3aKPBIBAHHE. 3a 3TO CBOMCTBO OT-
BEUYaeT PacIOJIOKEHHAs Ha MPOTUBOIOJIOKHOM CTOPOHE OT MOHHOIO
(¢uIBTpa YacTh MOJIEKYIBI OelKa, KOTOpas UMEeT BO3MOXKHOCTh OCY-
HIECTBJISITh MEXaHMUYECKHE [BUXKEHHsSI B OTBET Ha MPUIOXKEHUE
TpaHCMeMOpaHHOH Pa3HOCTH 3JIEKTPUIECKUX MOTECHIINAIOB WIIH CBS-
3BIBAHUE JINTAH/IA.

HOHHEIA

KNETOMHAR
MEMEPAHA

Puc. 42. CtpyxTypa KaaueBoro
KaHamna u3 Streptomyces lividans
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Jonroe Bpemsi CUMTAJOCH,
yro A auddy3un BOAbI Ue-
pe3  KIETOYHbIE MeMOpaHBI
JIOCTATOYHO €€ E€CTECTBEHHOU
MPOHUIIAEMOCTH Yepe3 JTUMHUI-
HYK0 4YacTh MEeMOpaH 3a cYeT

E:"":"m";“ IBIDKEHNUA KUHKOB. B 1988 1. B
nmabopatopuu II. Arpe (may-
peara HoOeneBckoit npemun
mo xumuu 3a 2003 romx) ObuTH
OTMCaHBl AKBANOPUHbI — HO-
BBIf KJIaCC OEJIKOB, KOTOPBIC
BBICOKOA((EKTUBHO IPOIyC-
KarOT MOJIEKYJIBI BOJBI, Oy AydH

Puc. 43. IIpoxox/eHne MOeKy1 a0COJIIOTHO HENPOHUIIAEMBI HU

BOJbI 9CPE3 aKBAITOPUH JUIE KaKUX HMOHOB, BKIIOYas
MIPOTOHEI.

B oTnmume oT MOHHBIX KaHAJOB, aKBAaIlOPWHBI OCYIIECTBISIOT
M30UpaTeIbHOE MPOMYCKAHUE BOJBI Uepe3 MeMOpaHbl KJIETOK. AK-
BalopUHBl UMEIT MOJEKYJIsIpHYI0 Maccy ~ 30 x/la u HaxoAsATCA B
MeMmOpane B Bujae TeTpamepoB (puc. 43). OHM BcTpedaroTcs B KIET-
KaxX BCEX KUBBIX OPTaHU3MOB M UTPAIOT OCOOEHHO BaXKHYIO POJIb B
¢u3monorun nouek (y 4esoBeka yepe3 HuX mpoxonut o 170 x Bo-
Ibl B cyTKHM). HapymeHus paboTsl akBalopuHOB (HarpuMep, B CIy-
Jae TeHETHYCCKUX TEe(PEKTOB ITUX OCIIKOB) MPHUBOMAT K TIKEIBIM
MaTOJOTHSM.

PeHTreHOCTpYKTYpHBIN aHamNM3 akKBaloOpWHA TIOKa3all, 4YTO ero
CTPYKTypa CHJIBHO OTJIMYAETCS OT CTPYKTYPHI KaJaueBOro KaHaia. B
MeMOpaHe (OPMUPYETCSI OYCHb Y3KOE OTBEPCTHE, B IIEHTPE KOTOPOTO
UMEIOTCS JIBA MOJIOKUTENBHBIX 3apsi/ia, PACIONIOKEHHBIX Ha JBYX CHUM-
METPUYHBIX NETIAX C XapaKTepHOH IOocieaoBaTeNbHOCTRI0 -N-P-A.
[IpoxoxkneHre OONBIIMHCTBA KATHOHOB M AaHMOHOB Yepe3 JaHHBLIN Ka-
HaJI HEBO3MOXKHO H3-3a €ro Malloro pasMepa, a MPOTOHBI HE MPOXOJAT
Yyepe3 Hero M3-3a HaJIM4Ius TOJI0KUTEIHHOTO 3apsija.

[IpumMepoM KaHATHHOTO MEXaHHW3Ma MIePEHOCa SIBILIIOTCS HATPUEBBIC
KaHaJbl BO30YyAUMBIX MeMOpaH. MiutrocTparuell TpaHcmopTa mepeHoc-

KNETQUYHAR
MEMEPAHA
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gukoBoro tuma sieisiercss AT®/AJID-tpancioka3a, obecrieunBaromas
MEePeHOC HYKJICOTHIOB Yepe3 MHUTOXOHIpHAIbyI0 MemOpany. Jpyroit
nmpuMep MeMOpaHHBIX TPAHCIOPTEPOB MPEACTABISIIOT UOHOPOPbI —
ruapo¢oOHBIE BeIecTBa, 00pa3yoIfe ¢ KaTHOHAMH JKAPOPACTBOPH-
MBI€ KOMILJIEKCHI, CIIOCOOHBIE BCTPAauBaThCsl B MEMOpaHy. DTH MOJIEKY-
JIBI MOTYT ()YHKIIHOHHPOBATh MO MPUHIIUIY KaK MOJBUKHBIX TIEPEHOC-
YUKOB, TaKk W KaHanodopmepoB. [IpuHIMT neiictBus noHOMOPOB 3a-
KITIOYaeTcss B TOM, YTO OHHM JKPAHUPYIOT 3apsii TPAHCIOPTHPYEMOTO
MOHA, YTO MO3BOJISIET €My IepecekaTh 10 KOHLUEHTPAIMOHHOMY T'paJiu-
eHTy TUAPOPOOHYIO 00IaCTh JTUMHUIHOTO OHUCIOS OMOIOTHIECKON MeM-
OpaHBbI.

[Mpumepom noHOOpPa, paboTAIOIIETO KaK MOJABMKHBIN IEPEHOCYIIK,
MOXET CIIYHUThb YK€ YINOMHUHABLIUICS AencUnenTun (MenTuf, KOTo-
PBIF HAPSATY C aMATHBIMU YYaCTKaAMH COAEPIKUAT TaKXKe U CIONKHOIPHUP-
HBI€ CBS3M) — 6AIUHOMUYUH, TIPOTYIHPYEMBIM OJHUM M3 IITaMMOB
Streptomyces. OH crOCOOEH 00pa30BBIBATH KOMIUIEKCHI C KaJMeM Ha
3 mopsaka Oosiee aKTUBHO, Y€M C HATpHEM. DTO MO3BOJSET MCIOIB30-
BaTh BAIMHOMHIIMH KaK CHeM(pUUECKUil KaIMeBbIii HOHO(OP.

B nunuaHoii (aze Monekyna BATHHOMHLIMHA UMeeT (OpMY MaHKeT-
KW, YCTIIAHHOHN M3HYTPH MOJSAPHBIMHU TPYTIIIaMH, & CHAPYKH — HETIOJISp-
HBIMH THAPOPOOHBEIMHE OCTaTKaMHU MOJIEKYJ BanuHa (puc. 44). Obpa3zys
KOMIUIEKC C MOHAaMHU KaJlusf, MOMaJalolIMMHU BHYTPb MOJIEKYJIbI-MaH-
JKETKH, BATMHOMHIIMH IIPHOOPETAET JIyUIIyI0 paCTBOPUMOCTD B JTUITH]I-
HOW (pase memOpaHbl. IOHBI Kanwst yAepKUBAIOTCA BHYTPHU MOJIEKYJIBI
3a CUET MEXK3apAIHBIX B3aUMOJEHCTBUI. MoOJeKybl BaJIMHOMMIIMHA,
OKa3aBIIMECs Y MOBEPXHOCTH MeMOpaHbl, MOTYT 3aXBaThIBaTh U3 OKpY-
JKaroMIe Cpeabl HOHBI KaWs M MIEPEHOCHTD eTro depe3 MeMOpaHy, BO3-
Bpamasch 00paTHO ¢ KaKUM-HUOYIbh MPOTHBOMOHOM (HAmpumep, mpo-
ToHOM). Takum 00pa3oM, IPOUCXOAUT YETHOUYHBINH TIEPEHOC NOHOB Ka-
TS 9epe3 MeMOpaHy.

[IpumepoM 4eTHOYHOTO MepeHOoCUHKa sBJseTcs uoHodpop 423186,
TPaHCIIOPTUPYIONIMii JBYXBaJCHTHbIE KaTHOHBI Ca’ MO NPHHIMITY
MOHHOTO OOMEHa: Ha KaXKIbld JBYXBAJICHTHBIH KaTHOH, NMEPEHOCHMBIi
B KJIETKY, OH «BBIHOCUT» M3 KieTku 2 H'. B koHeuHOM mTore padora
3TOTO MEPEHOCYHKa HE MPUBOAUT K Aemojsipu3anuyd MeMOpaHnsl. [py-
TMMH clioBaMU, HoHO(Op A23187 ocymiecTBISET 3JIEKTPOHEHTPaTbHBIH
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Puc. 44. BanuaomunwH ([L-makrat-
L-BanuH-D-okcun3oBanepruaHoBas
Kkucnota-D-BanuH|3) —
LUKJINYECKUN IEeTICUTIETITH]-

TMEPCHOCUMK MOHA KaJIUs

Hon xanust ¢pukcupyercst B LEHTPE 3a
CYeT MEX3apsAIHBIX B3aWMOAEHCTBUI
C ydJacTHeM KapOOHWIBHBIX TIpYII
nentuaa (KpyxKH).

aHTHIIOPT. DTOT MOHOGOp Hac-
TO WCIOJB3YETCS B DKCIEPH-
MEHTax JJIsi TIOBBIIICHUS KOH-
IEHTPAIH CBOOOTHOTO Kalb-
¥sl B IUTO30J1€.

K obpa3oBaHuio kaHajoB B
MeMOpaHe CIOCOOHBI aHTH-
OMOTHKM Tpex TPYIIL: epamu-
YUOUuHbl, Anamemuyur U noau-
eHogvle anmubuomuxu. OO0-
MM JUIS HUX SIBJISETCS TO, YTO
UX MOJEKYIbl aM(UPUIBHEI,
Onmaronmapsi 4eMy OHH CIOCOO-
HBI BCTpaWBaThcd B MeMOpaHy
1 00pa30BBIBATh MOPHI, TPOHH-
3bIBasi MeMOpaHy (B BHIE OJI-
HOW MOIIEKYJBI WU IUMEpA).
3apspKeHHBIE WM TIOJISIPHBIE
TPYHIIBl pa3MEIIeHbl B TaKUX
MOJIEKyJIaX Ha OIHOM KOHIIE
MoJiekynbl. Takum ob6pazom,
Onarogapsi BHYTpHU- U MEXMO-
JEKYISPHBIM CBSI3SIM  TIOJISIP-
HBIX TPYII OHU CIIOCOOHHI TT0-
rpyXaThcsi B MeMOpany, obpa-
3ysl B HeHl kaHanbl. MI3BeCTHBI U

Jpyrue MoHO(OpbI, CIIOCOOHBIE TEPEHOCUTh KaK OJIHO-, TaK U JBYXBa-
JICHTHBIC HWOHBI: — HAKMUHbl, DSOHHUATUHbBI, MaKpPOUUKINYCCKHUE IO~
a¢upsl (Kpayusl), KAPOPACTBOPUMBIE cllabble KHUCIOTHI (MPOTOHO(dO-

pBI) U Op.

Kak mpocras, tak u obJeryennasi Augysus (TpaHCIOpTHBIE TIPO-
neccel, odecreyrBaeMble HOHHBIMH KaHAJIAMH M IIEPEHOCYUKAMH ), OCY-
LIECTBJISIETCS 110 TPAAUECHTY KOHLICHTPALUU UJIU TPAJUCHTY IIEKTpUde-
cKoro 3apsia (00beOUHAEMBIM TEPMHUHOM <«3JIEKTPOXUMHUYECKHH Ipa-
IUEeHT»). Takue MexaHHU3MBbI TPAHCIIOPTA COTIIACHO Kaccu(hUKaLnu OTl-
PEACISAIOTCS KAK MTaCCUBHBIN TpaHCIOPT. IOHHBIE KaHANbI IPEACTABIISA-
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0T cO00# CIIOKHBIE TIMKOMPOTEMHOBBIE KOMILIEKCHI, OCYIIECTBIIAIO-
e OBICTPBIN MACCUBHBIM TPaHCIOPT MOHOB 4Yepe3 OHOJIOTHYECKHE
MeMOpaHbl. VIOHHBIE KaHaNbl KIACCU(PULIUPYIOTCSA MO UX IpOHUIae-
MOCTH, CEJIEKTUBHOCTH K Pa3IWYHBIM MOHAM M MO MPUHIUITY OTKPHI-
BaHM (3aKpbIBaHUS) BOPOTHOr0 MexaHu3Ma. KaHaibl crmocoOHBI U3-
OMpaTeqbHO B3aUMOJECHCTBOBAaThH C ompesnedeHHbIMH HoHamu (K,
Na®, Ca**, CI') npu u3MeHEHHH MEeMOPAHHOTO MOTEHIWANA, TOPMO-
HaJbHBIX, MEXaHUYECKUX M OCMOTHYECKHX BO3IEUCTBHUSIX, KOTOPHIE
Yepe3 CEHCOP BHEIIHETO CTUMYJIa BIHAIOT Ha paboTy BOPOTHOI'O Me-
XaHW3Ma KaHaa.

HawnbGonee BaXHBIMH CBOMICTBAMM MOHHBIX KaHAJOB SIBIISIOTCS Ce-
JIEKTUBHOCTB, CIIOCOOHOCTh K MHAKTUBALMU M BEJIMYUHA MTPOBOAUMO-
CTH, a TaKXke GapMakoJIoTHniyecKas XapakTepUCTHKa, KOTOpbIe onpee-
JSAIOT KUHETHYECKHe CBOMCTBAa KOHKPETHOTO MOHHOTO KaHana. 3Has
MPOHUIIAEMOCTh OJAMHOYHOIO KaHajlla U CYMMAapHYIO IPOHUIAEMOCTh
MeMOpaHbl, MO>)KHO PacCYUTaTh IJIOTHOCTh HOHHBIX KaHajoB. Hampu-
Mep, ToTHOcTh K'-kananoB Ha miasmanemme gocturaer 5¢10'! kana-
HOB/Mz, npu 3toM onm 3aruMarot 0,01% oOmieit mromaan MeMOpaHEHI.
OTKpbhIBaHHE U 3aKpbIBAHWE WOHHBIX KaHAJIOB PETYJIHPYETCs MEM-
OpaHHBIM ITOTEHIIMAIOM, NX HOHHBIM OKpY)KeHHEM (0COOCHHO HOHA-
mu Ca”" u pH), GocdopunnposanyuemM NpoTeHHKHHA3. JIBHKEHHE HO-
Ha yepe3 Mopy KaHalla CONPSHKEHO € MPEO0JI0JIEHHEM 3HEPreTHUeCKOro
Oapbepa, BeIMYMHA KOTOPOTO 3aBUCHUT OT JUAMETpa, SHEPTHH THApa-
Tallid WOHA, BENWYWHBI pH, MOHHON CHIIBI M IPYTUX yCIIOBUH, CIIO-
COOHBIX M3MEHATH JHEPTHUI0 aKTUBAIIMHU MPHU MPOXO0XKIEHUN CEEKTHB-
HOro uibTpa.

B 3aBucumocT ot cmoco6a ympaBiieHHs BOPOTHBIM MEXaHH3MOM
KaHaja CO CTOPOHBI CEHCOpa BHEIIHEro CHTHala KaHaNbl IESITCS Ha
nBe rpynmnsl. [lepByro rpynmy COCTaBISAIOT TaKHe THUIBI KaHAJIOB, Y KO-
TOPBIX CEHCOP BHEIIHETO CTHMYJa HEMOCPEICTBEHHO BXOAMUT B COCTaB
MOJIEKYJIBI KaHajla. JTa rpymna BKIOYaeT B ceOd MOTeHIWal- U JIU-
raHjI-3aBUCUMbIE KaHabl. [loTeHMan-3aBUcHMble HOHHbIE KaHaibl (K,
Na", Ca®", CI') pearupyroT Ha U3MEHEHHe MEMOPAHHOIO MOTEHIHANA,
JUTaH/-3aBICUMBIE — OTKPBIBAIOTCS M 3aKPBIBAIOTCS MIPH CBI3BIBAHUH C
perenTopom crenn(puIecKnx aroHNCTOB, YYacTBYIOIINX, HAPUMeEp, B
nporecce OBICTPOW MepeAaydl CUTHAIOB. Y KaHAJIIOB BTOPOW TPYIIIIBI
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CEHCOp BHEIIHEr0 CTUMYyJia IMPOCTPAHCTBEHHO OTHEIEH OT KaHaja. B
3TOM ClIy4ae CUTHaJ OT CEHCopa IepeaaeTcs Ha KaHall Yepe3 CUCTEMY
BHYTPHUKJICTOYHBIX IMOCPEAHUKOB. DTa rpyma BKIOYaeT B ce0s peren-
TOp-3aBUCUMBIE KaHAJIBI U KaHANbI, yrpasisieMble G-0emkamu (oapo6-
HEee CM. pa3zie] O TPAHCIYKIIUN).

HonHble KaHANBI AENATCS HA MOTCHIMAN-3aBHCUMbIC W HHIU(de-
peHTHBIe. Bce moTeHImMan-3aBUCHMBIe KaHAIIBI YCTPOEHBI, MTO-BHIUMO-
My, OJMHAKOBO. MHTETrpaIbHBIN O€TIOK KaHAJIBHOW CTPYKTYPHI 00pasy-
eT TIopy B MeMOpaHe, KpoMe Hee UMEeTCs CeNIeKTUBHBIN (puibTp, obec-
MEYNBAOIIUHN Ccrenn(pUIHOCTh KaHaa, a TakKe CEHCOp MEMOPaHHOTO
MOTEHIHalIa — YCTPOICTBO, YIPABISIOIIEe COCTOSHNEM KaHaja B 3aBH-
CHUMOCTH OT 3HaKa M BeJMYMHBI ToTeHnuana. V3BecTHbI KaHalbl, obec-
MEYUBAOIIUE TPOBOAUMOCTh MEMOPaHBI JIJIs Na", K', Ca2+, Na'— onnm
aKTUBUPYIOTCS TaKMMH BEIIECTBAMH, KaK TpalaHOTOKCHHOM W BepaT-
puauHOM. JIeHCTBUE 3TUX COCIUHEHUMN, KaK U 3PHEKT ANEKTPUICSCKOTO
NOTeHIUaNa, ycTpaHsercs mempodomokcurom. K'-kaHanel GIOKUpY-
I0TCSL MeMmpasmuiamMmonue;M A ero MPOU3BOAHBIME. VI3BECTHBI Takxke
Ca-3aBucumble K'-KaHanbl, OTKPBIBAIOIIMECS MPU CYIIECTBEHHOM BO3-
pacTaHMM KOHLEHTpAIMK BHYTpHKIeTouroro Ca®’. Ca®’-kaHasbl TaKxke
OBIBAIOT TOTCHIINAT-3aBUCUMBIMH H TTOTCHIHAT-UHAN(HEPECHTHHIMH.
IMocnenHue 4yBCTBUTENBHBI K IEIIOMY PSAY Pa3HOOOpPA3HBIX XUMHUE-
CKHX BEILECTB, HOCSIIMX Ha3BaHue Ca-aHTaroHWCTOB (6epanamul, Hu-
¢eounun n T.1.). U3BecTHel 1 aroHucthl Ca-kaHanoB. OTKphIBaHHUE
STHX KaHAJIOB OCYIIECTBISIETCS B MIPUCYTCTBHH aJCHUHOBBIX HYKIIEOTH-
JIOB U CIIEIOBBIX KOJIMYECTB Kanblus. YyBcTBUTEIBHOCTH Ca-KaHAIOB K
YAM®P n npomeunxunasam oOBsICHAETCA TE€M, 4TO GochopuInpoBaHme
PETYIATOPHBIX KOMITIOHEHTOB KaHala KOHTPOJIHMPYET AIUTEIHHOCTh €ro
HAXOX/ICHUSI B OTKPBHITOM COCTOSIHUH.

[NoTeHuunan-3aBUCUMBbIE KaHAIBI YCTPOEHBI TAKUM 00pa3oM, 4TO MH-
TErpabHBIN OENOK KaHAJbHOW CTPYKTYpPHI 00pa3yeT mopy B MeMOpaHe.
B kaHaie BBIZICTISIFOT BHYTPEHHEE H HAPYKHOE YCThsI M TIOPY, KOTOpast ¢
MOMOIIBI0 BOPOTHOT'O MEXaHU3Ma MOKET OTKPBIBATHCA M 3aKPBIBATHCS.
l'unpodunbHbIE aMUHOKHCIOTHI BBICTHIIAIOT CTEHKH TOPBI, a THIPO-
(oOHBIE — KOHTAKTHPYIOT C JIMMUAHON (a3oil memOpaHbl. B kaname
UMEIOTCSl CEJIeKTHBHBIN (PHUIbTp, oOecrnednBaromnil Crenn(pUIHOCTD
KaHaJla, 1 CEHCOp TPaJlMeHTa AJIEKTPUIECKOro MOTeHIMaaa Ha MeMOpa-
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He. OTKpBIBaHNWE W 3aKPBIBAHHE BOPOTHOTO MEXaHHM3Ma KaHAJIOB SBIIS-
eTcs Pe3yNbTaToM KOH(QOpPMalMOHHBIX W3MeHeHHH B Oenke. Ilpu oT-
KpPBIBAHWU MOHHOTO KaHaJla pETUCTPUPYETCS pe3KOe BO3pacTaHUE dIIEK-
TPUIECKOTO TOKA Yepe3 MeMOpaHy.

TponunaemMocTh kaHanos coctasiser o 10° 1o 10° noHos B cexyH-
Iy, 4TO Ha TP HOpsAKa BBILIE, YEM TPAHCIOPT MOHOB, OCYILECTBIIAC-
MBI HOHHBIMH HacOCaMHU WJIM IEPEHOCYMKAaMH, U Ha 11 mopsaxoB BbI-
e, 4eM mpocTast aud¢y3us HoHOB yepe3 MeMOpaHy. OTIHIATENbHOM
0COOEHHOCTBIO HOHHBIX KaHAJIOB SIBISIETCS TO, YTO B OTKPBITOM COCTOSI-
HUM OHHM OOECIEeYMBAIOT OTHOCUTEIBHO IOCTOSHHBIM IIOTOK HOHOB B
OJTHOM HAIpaBJIEHUH MPH KOHKPETHOM 3HAUYE€HUH MeMOPaHHOTO MOTEH-
nyaiga U B ONpeaeeHHON HOHHOUM cpene. OMHOCTOPOHHSS MPOHHIIAE-
MOCTh — €lI€ OJlHa OCOOCHHOCTh TPaHCIIOPTa MOHOB Yepe3 KaHanbl. B
Ipolecce TPaHCIOPTa Yepe3 KaHasl IPOUCXOJUT B3aUMOJICHCTBUE HOHA
¢ OenkoM, MOITOMY IEpEeABMKEHUE HOHOB 110 KaHajlaM OTJINYaeTCs OT
UX TpaHCIOpPTa 4epe3 BOAHBIE MOPHI, B KOTOPHIX 3TH B3aUMOJCHCTBHS
CBEZIEHBI 10 MUHUMYMA.

B mpoTHBONONOXHOCTH BBIIIEONHCAHHBIM MpOIEccaM aKTHB-
HBbIIl TPAHCHOPT OCYIIECTBISAETCS NPOTUB I'paAUeHTa KOHIEHTpa-
LIUU WIH 3apsifia, MO3TOMY OH TpeOyeT HPHUTOKAa AOIOIHHUTEIbHON
JHEpPruu, KOoTopas OOBIYHO o0OecreyrnBaeTcs 3a CUET THUIPOJIH3a
AT® (unorna — 3a cuer MeMOpaHHOI'0 TOTeHnHana). [lepBuuHO-aK-
THBHBIA TPAHCIOPT HOHOB B OOJIBIIMHCTBE CIy4aeB OCYIIECTBISACT-
¢ TpaHcopTHEIMH ATdazamMu (HOHHBIMH HAcoOCaMH), UCTOYHH-
KOM JHEpPTUU IS KOTOpHIX sBisieTrcs rumaponn3 ATD unu mupo-
¢docdara. B memOpaHax XJ0pomiaacToB U MUTOXOHApPHM mpu pabdo-
T€ CHUCTEM NEPBUYHO-aKTUBHOTO MOHHOT'O TPAHCIIOPTAa HCTOYHUKOM
SHEPTUU ABISETCS TPaHCMEMOpPaHHBIM MOTEHIMAJN, CO3/1aBaeMBIN
paboTON OKHCIHUTEIbHO-BOCCTAHOBUTENbHBIX Ileneil. Hekoropsie
TPaHCHOPTHBIE MPOLECCHl OCYIIECTBISIOTCS 3a CYET THAPOIU3A
IPYyTHUX MaKpO3PTUYECKUX COCIWHEHUH, Kak, Hampumep, docdoe-
HOJIMpYyBaTa, WU ke 3a CUeT JHEpTUH CBeTa.

IlepBUYHO-aKTHBHBIN TPAHCHOPT OTJIHYAETCSA OT MACCHUBHOTO
TE€M, YTO OJHA U3 €T0 CTaAuy ABIsAeTCs dHeprozasucumoil. Ilepsuy-
HO-aKTUBHBIA TPAHCIIOPT HOHOB MEMOpPaHHBIMU (EPMEHTAMHU 4acTO
JEMOHCTPUPYET OTKJIOHEHHUS OT KHHETUKM Muxasnuca — MeHTEH,
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KOTOpbIE MOTYT OBITH OOYCIOBJIEHBI CBOMCTBAMH CaMOW CHUCTEMBI
nepeHoca.

TunuuHeli NpUMep NMEPBUYHO-aKTUBHOIO TPAHCIOPTAa — AKTUBHBIN
TpaHcopT WOHOB. OH OCYIIECTBISIETCS CHEHATbHBIMA HOHHBIMH Ha-
cocaMH, KOTOpbIC TPEACTABISAIOT o000l MHTErpabHble OSNKU KIIeTOY-
HBIX MeMOpaH. DyHKIMA MOHHBIX HACOCOB 3aKJIOYACTCs B IEpeHOCE
HMOHOB 4Yepe3 MeMOpaHy NPOTHB JIEKTPOXMMHUYECKOI'O I'pajueHTa 3a
cuet sHepruu Tuaponuza AT®. B coOTBEeTCTBUHM C 3TUM MOHHEIE Ha-
cochl 00ManarT aaeHo3uHTpUdochar-hochHOoruaponasHoi aKTHBHO-
ctbto. Ilocnennss cnennduyeckn KOHTPOJIHUPYETCS MEPEHOCUMBIMU
HacoCOM MOHAMH U TpeOyeT sl CBoeil paboTHl HOHOB MarHHsL.

Takum 00pa3oM, HOH-TPAHCIOPTHPYIOLIME CHCTEMBI SIBIISIOTCS
Mg-AT®azamu, npuoOpeTIINMU CIOCOOHOCTH JOTOJIHUTEILHON pe-
TyJISLUU IEPEHOCUMBIME HOHAMHU Kak KodakTropamu. B mponecce ux
(GyHKIMOHMpOBaHUs SHEPTUsl XxuMudeckoi cBsizu AT® npeBpanraer-
CA B DHEPTHIO 3JIEKTPOXUMHUYECKOTO I'paJMEHTa NEPEHOCUMBIX 3TH-
MU CHUCTEMaMHU HMOHOB. IIo 3TOM nprHyYnHE MOHATHO, IOYEMY CHHOHH-
MOM TE€pPMHHA «MOHHBIE HACOCHI» CTal TePMHUH «TpaHcmopTHbie AT-
®a3e». Tpancnoprasle AT®a3bl kmaccUPUIMPYIOT MO NEPEHOCH-
MBIM MU (M aKTUBHPYIONIUM UX padory) monam. Yersipe Tumna AT-
®a3 UMEIT OTHOIICHHE K TpaHCIOPTy noHOB — mporoHHas (K,H-3a-
BucuMas)-AT®aza, anmonnas (HCO;)-ATdaza, Ca-AT®aza wu
Na/K-ATda3a.

IIpu pabore Na/K—ATda3sr 3a cyeT 3HEPTHH BHICBOOOXKmaro0-
nielcs npu rufpoiunse Kaxaou moiexkynsl AT® B KIETKy HEepeHO-
CATCS J1Ba MOHA KaJlUsl U BBIKAYMBAIOTCS TPU MOHA HaTpus. TakuM
o0pa3oM, co3gaeTcs MOBBIMIEHHAsA (IO CPABHEHHUIO C MEXKJIETOU-
HOHW cpenoil) KOHIIEHTpalXs B KJIETKE NOHOB Kajusi U MOHMKEHHAs
KOHLIEHTpalUs WOHOB HATPHUS, YTO UMEET BakHOE (H3UOJIOTHYE-
ckoe 3HaueHue. Ca-Hacoc oOecrneuynBaeT aKTUBHBIN MEPEHOC ABYX
MOHOB KaJbIIHs, a MPOTOHHBIA HACOC — ABYX MPOTOHOB HA OJIHY MO-
nexkyny AT® (puc. 45). Y pacTeHuil pojb MPOTOHHOTO HACOCA BbI-
TnoJHsAeT npoToHHas nupodpocparasza (H'-PPa).
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Puc. 45. AkTuBHBIM epeHoc HOHOB TpaHcTIOPTHEIMU A Tdazamu

I — cxema K+-Na+-Hacoca B KIIETOYHO# IU1a3MaTHIecKoi MeMOpane, 11 — cxe-
Ma KalbL[MEeBOT0 Hacoca B MEMOpaHE CapKOIIa3MATHYECKOTO PETHKYIyMa,
IIT — cxema IPOTOHHOTO HAacoca BO BHYTPEHHEH MeMOpaHe MUTOXOHIPUN HITH
MeMOpaHe PacTUTEIbHOMN KIICTKH.

AKTUBHBIH TPaHCIIOPT MOHOB MOXET OBITH DJIEKTPOHEHTpalbHBIM
WM JIEKTPOreHHBIM. TpaHCIOpPTHAsA CUCTEMa 3JIEKTPOHEUTpalbHa, ec-
JM TipH ee (HYHKITMOHWPOBAHUH MIPOUCXOAUT OOMEH BHYTPHUKIETOUHBIX
VMOHOB Ha BHEKJIETOYHBIE B SKBHBAJEHTHBIX (110 3apsily) KOIMYECTBAX.
Ecnu TpaHcnopT BemecTB yepe3 MeMOpaHy He CONPOBOXKIAETCSl HAKOII-
JICHHEM 3apsifa, TO TAKOM TPaHCHOPT HA3bIBAIOT IEKTPOHEUTPAIBLHBIM.
TpaHCcOpPT MOXKET OBITh JEKTPOHEUTPATBLHBIM MPH COOIIOACHNN Clle-
IYIOIIUX YCJIOBUI:

1) mpu nepeHoce He3apsKEHHOTO BEILECTBA;

2) mpu CUMIIOPTE KATHOHOB ¥ AHHOHOB PABHOM BaJIEHTHOCTH;

3) npy aHTHUIIOPTE IBYX PaBHO3APSHKEHHBIX HOHOB.

B ToM cnyuae, korma KOJIMYECTBO 3apsAl0B, NMEPEHOCHUMBIX 3a
€IUHUIly BPEMEHHM B OJHOM HAINPABJICHHHM, HE KOMIIEHCHPYETCS
CYMMOMW 3apsJ0oB, MEPEHOCHUMBIX B IMPOTHUBOIOJIOXHOM Hampasiie-
HUH, TPAHCIIOPTHBII MEXaHHU3M I€HEpHUPYET JOMOIHUTEIBHYIO pa3-
HOCTh NMOTEHLHAJIOB Ha MEeMOpaHe U Ha3bIBACTCS 2JIEKMPOSEHHLIM.
Bo Bpems paGoTHl 3IEKTPOTEHHOTO Hacoca, Hampumep, Na/K-AT-
®a3pl, U3 KJIETKU BBIHOCHUTCA 3 MOJIOKHUTENbHBIX 3apsna (3 uoHa
Na'), a BXOAAT B KJIETKY 2 TIOJOKUTENbHBIX 3apana (2 nona K'), B
pe3ysibTaTe 4ero B KIETKE MPOMCXOJIUT HAKOIUIEHWE MOJOKUTENb-
HBIX JJIEKTPUYECKUX 3apsI0B, U HA MeMOpaHe BO3HMKaeT Pa3HOCTb
noTeHuaioB. [Ipu pabore 31eKTpoOHEHTpaIBHOIO Hacoca CUCTEMaA
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AKTUBHOI'O TpaHCHOpTa ABJIACTCA JIUMIIb CPEACTBOM IMOAACPKAHUA
KOHOCHTPAUUMOHHBIX TPAaJUCHTOB HMOHOB U HCIOCPCACTBEHHO HC
y4acTBYET B CO3JJaHUH MEMOPaHHOTO MOTEHINAIa KICTKH.

CymectByeT KiacCHU(pHUKAIHSI CIIOCOOOB, KOTOpHhIE 00eCIIeYMBaIOT
TPAHCIIOPT BEIIECTB Yepe3 KICTOUHYI0 MeMOpany (puc. 46).

TpaHcmopT MOXET HATH MO MEXaHu3My yHunopma (oOleryeH-
HOW Audy3un), COrIacHO KOTOPOMY TOJIBKO OJHO BEIECTBO Iepe-
HOCHTCS depe3 OmomeMOpaHy B OJHOM HAaINpaBICHUU C MOMOIIBIO
KaHaJbHBIX WJIM TPAHCIOPTHBIX OENKOB (HaIpuUMep, TPaHCHOPT
TJTIOKO3BI B KJETKax redeHu). [Ipumepamu yHUTIOpPTA TakKe SBIIS-
IOTCS TPAHCIOPT HMOHOB KaNBIHs Yepe3 BHYTPECHHIOIO MeMOpaHy
MUTOXOHAPHUI.

TpancmopTHEIHA TPOIIECC, KOTOPBIA TPeOyeT CONPsIKEHHOTO MepPeHoca
IIByX WX OoJiee MOHOB (BEIIECTB) B OJHOM HAINpPaBICHHUH, HA3BIBAIOT
CUMNOPMOM, KaK, HallpuMep, aKTUBHBIA TPaHCIIOPT aMHHOKHCIIOT HJIH
TJIFOKO3BI BMECTE C HOHAMY HATPUS B SMUTENHATIBHBIX KIETKAX KHIIEY-

HUKa MPOTEKaeT M0 MEXaHW3-
MYy CUMIIOPTA.

Tpancnopt 1OHOB  (Be-
5%& M W ) ﬁ} IIECTB), COIIPSKEHHBIN ¢ Iepe-
K HOCOM [JpyrHX HOHOB (Be-
IIECTB) B IIPOTHUBOIOJIOKHOM
HalpaBJICHUU, HAa3bIBAIOT aH-
munopmom, Kak, HaIpHMeED,
' ) ooMen nonoB HCO; na Cl' B
KovpaHcnopT

meMmOpaHne sputpouutos. [Ipu-
Puc. 46. KJIaCCI/I(bI/IKaHI/IS[ croco0oB MEPOM TaKoIr'o TpaHCIOpPTa MO-
MIEPEHOCA BEILECTB YEpe3 KeT Takke cayxuTh Na'/H'-
OGuonornyeckue MeMOpaHbI AQHTUIIOPT BO  BHYTPEHHEMN
MeMOpaHe MUTOXOHIpPHH |
K'/H -anTunopr, KaTaqusupyeMblii HOHO(GOPOM HHTEPUIIMHOM B OHC-
nosix. TpancMeMOpaHHBIN 0OMEH (aHTHUIIOPT) MM OJHOHAIIPABICHHBIH
TPAaHCHOPT (CUMIOPT) PAacCMaTPUBAEMbIX HMOHOB OCYIIECTBIISIOT CIie-

nU(pHUIECKHE IEPEHOCUUKH.
Takum oOpa3om, IPH CUMIIOPTE U aHTUIOPTE OeNKH (QyHKITHOHUPY-
10T B peKUME, PH KOTOPOM TIEPEHOC OJTHOTO PACTBOPEHHOT'O BEILECTBA

YHunopt Cumnopt Awmnop‘r
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3aBHCUT OT OJHOBPEMEHHOTO WJIM TIOCIIEA0BATEIILHOTO TepeHoca apy-
rOoro BEIIECTBA. YKa3aHHbIE TEPMHUHBI — AQHTUIOPT U CHUMIIOPT
(KOTpaHCIIOPT) — CBS3BIBAIOT HE TOJBKO C SBJICHUSMHU IACCHBHOTO
TPaAHCIIOPTA, OCYIIECTBIISIOIIEIOCS C MOMOIIBIO MTEPEeHOCUrKa (HAIpH-
Mep, CUMITOPT aHUOHOB, OCYILECTBIISIOIIUICS METOAOM 3JeKTpodope-
3a), HO U B CJIy4ae, KOrja MPOIecc COMPsHKEH C SHEPro3aBUCHMBIMH pe-
AKIUSAMHU.

OHeprus, 3amacaeMasi KJISTKOW B BHJIe HOHHBIX TPAIUEHTOB, CO3/aH-
HBIX TICPBUYHO aKTUBHBIM TPAHCIIOPTOM BEIIECTB UYepe3 MeMOpaHy, MO-
JKET WCTIONB30BAThCSA APYTUMHU TPAHCIIOPTHBIMHU TIPOIIECCAaMH, KOTOPHIE
B TakOM ciyd4ae (110 OTHOIIEHHUIO K 3HEPTeTHYECKOMY OOECIEeUeHHIO
mpoliecca) HA3bIBAIOT BTOPUYHO—AKTHUBHBLIM TpaHcmopTroM. Tak, K
MpUMEPY, MPOUCXOIUT MPU aKKYMYJIAIUU B KIETKE TIFOKO3bI U JPY-
TUX METabOJMTOB — OHH TEPEHOCATCS MPOTHB KOHIIEHTPAIMOHHOTO
rpagueHTa 3a CYeT TOr0, YTO OJJHOBPEMEHHO C HUMU B KJIIETKY MEPEHO-
carca uoHsl Na'. B KieTkax HM3IIMX 5yKapuHOT TpajiueHT Na  MOKeT
OBITH 3aMEHEH TPaJANEeHTOM MPOTOHOB. [lepeHoc ocyriecTBisieTcs ¢ mo-
MOIIBI0 OEIKOB-TIEPEHOCUNKOB, UMEIOIINX MOJIEKYJIAPHYIO Maccy 25—
40 x/la. HexoTophie IEPEHOCUUKHU CaxapoB BBIACICHBI U3 TIa3MaTHIe-
CKMX MeMOpaH CIU3MCTON KHIIIEYHWKA, SPUTPOIUTOB, OakTepuii. OHU
MMEIOT LIMPOKO BapbUpyMolee CpoAcTBO (K, I TMEepeHOCHUMBIX Be-
utectB Bapsupyer ot 107 1o 10 M) u pasnnunyio crenupuIHOCTh K
MEPEHOCUMBIM coenuHeHusIM. OOHApYKUBAIOTCS CIydad MepeHoca ofl-
HOM W TOHM k€ aMHUHOKHUCJIOTHI 3—4 pa3HbIMU MEPEHOCUUKAMHU WJIIH, Ha-
000pOT, BBISBIAETCS CIEHN(UIHOCTh OJHOTO MEepPEeHocUrKa K 2—3 pas-
HBIM COCJMHEHUSAM. YJIOOHBIM OOBEKTOM Ui M3yYeHUs TPaHCIIOpTa
MeTaOOJINTOB SBISIFOTCS MHKPOOPTaHWU3MBI, Te(QUIIUTHBIE MO KOHKPET-
HBIM TiepeHocunkaM. COOTBETCTBYIOIIME CyOCTpaTsl HE MOMagaroT
BHYTPb KJIETKH U TIOATOMY HE MOTYT YTUIU3UPOBATHCSI.

K BTOpHYHO-aKTUBHOMY TPAHCHOPTY OTHOCSTCA M MPOLECCHI Ie-
peHoca, COMpsDKeHHBIE ¢ (epMEHTATUBHON MomuQHUKAIUeH MepeHo-
cuMbIX coeauHenui. Hampumep, ¢ocdoTpanchepasnas cucrema
OakTepuii, OTCYTCTBYIOIIAas y dyKapuort, Gochopunupyer caxapa B
Mpollecce WX NPOHWKHOBEHHUS Yepe3 MeMOpaHy, BOBJIEKas WX TeM
caMBIM B KJIETOYHBIA METa0OIM3M. Y TpaM-OTPHUIATEIBHBIX OakTe-
puii Tak mepeHocsatcs D-rimoko3a, D-¢pykroza u D-riirokozamuH.
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Y rpaM-IOJOXHUTENbHBIX OakTepuii HaOOp MEPEeHOCHMBIX BEIIECTB
HIMpe: CIOla OTHOCATCS TakyKe IEHTO3bl, caxapo3a, Tperauosa, Jak-
To3a, rnuuepuH. Ilpu aTom nakTo3a u gpykroza dochopunupyorcs
1o C;, ocTajbHbIE BELIECTBA — [10 KOHLIEBOMY YIJIEPOLY.

MUTOXOHAPUHU — 3TO IPUMEDP CUCTEMBI, OCYIECTBIIAIONIEH BTOpHUY-
HO-aKTHBHBI Tparcropt Ca’’. B 3ToM cllyuae mepeHoC HOHA OCYIIECT-
BJISIETCS 110 TPaJMeHTy NOTeHnuana, oOpa3oBaHHOTO Ha MeMOpaHe 3a
c4eT MeTabOoJIMYECKHX MPOIECCOB, HAIPUMED, ABIXaHUS WIH THAPOIH3a
ATO. Ilpu aTtom Ha MeMOpaHe reHepupyeTcsl MOTEeHIHAall, U TPaHCIIOPT
Ca’" ocymecTBIisieTcst 10 NPHHIMITY SIEKTpodopesa.

6.2. TPAHCIIOPT BO/Ibl

TpancmemOpaHHBIIT 00MEH BOZBI MMPOTEKAET C BEICOKOH CKOPOCTHIO.
OH sBasieTcs HEOOXOIWMBIM YCIOBHEM, 00ECIEUYNBAIOIINM OCMOTH-
YeCKOE paBHOBECHE KJIETKH CO cpenoil. B OonbIInHCTBE CllydaeB mepe-
MEIIeHNE BOJBI Yepe3 OMOIOTHYecKre MeMOpaHbl MHAYIUPYETCS W3-
MEHEHHWEM WM THAPOCTATUYECKOTO JABIICHUS, WIW KOHIEHTpAalU
pPacTBOPEHHOTO BEIIECTBA, JJII KOTOPOTO MeMOpaHa MEHee IMPOHH-
naeMa, 4eM I BOJbl. BTopoil cimydail U3BECTEH MO Ha3BaHHEM
«YpaBHHUBAaHHE OCMOTUYECKOTO JaBieHUus». OcmMoc — OCHOBHAS ABUXKY-
mas cuja MpH TPAHCIIOPTE BOJBI depe3 MEeMOpaHBI KIETOK >KHUBOT-
HBIX.

OcMoC — mpeuMyILIECTBEHHOE ABMKCHHE MOJIEKYJ BOABI Uepe3 Io-
TyTpOHUIIaeMble MeMOpaHbI (HEMPOHHUIIAEMBIE IIJIS PaCTBOPSHHOTO Be-
IECTBA ¥ MIPOHUIIAEMEIE I BOJIBI) M3 00JacTe ¢ MEHBIIECH KOHIICH-
Tpanuel pacTBOPEHHOTO BEIECTBa B 001acTH ¢ 0OJbIIEH ero KOHIICH-
Tpammeii. OcMoc WUrpaeT OONBIIYI PONb BO MHOTHUX OHMOIIOTHYECKHX
SIBJICHUSX. SIBIIeHHE OocMoca OOYCIIOBJIIMBAECT TE€MOJIU3 DPUTPOILUTOB B
TUIIOTOHUYECKUX PAacTBOpaxX U TYpProp B TKaHSAX PacTEHUH.

6.3. HOHHBIH TOMEOCTA3 KTIETKH

Cpenn HeOpraHMYECKUX KOMIIOHEHTOB, B TOM WM WHOW CTEICHH
YYacTBYIOIIUX B MeTabO0JIM3Me KJIETOK U TKaHEH, MepBoe M0 BaXKHOCTH
MECTO TPHHAIUICKAT HOHAM MeTamioB (puc. 47). HakamnmmBaemble
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KJIETKaMH B ONpEeNIEHHBIX COOTHOIIEHUSX WM BBHIOpAchIBaeMbIe W3
KJIETOK B OKPY’KaIOLIYIO Cpely HOHBI METAJUIOB HUTPAIOT POJIb CHeUUpH-
YECKUX PETYISTOPOB (DEPMEHTHBIX CUCTEM.

L1 Be
Na Mg

K Ca|S¢c Thn |V Cr Mn Fe Co Ni Cu

Ru St Y Hf Nb|Mo| Tc Ru Rh Pd Ag
Cs Ba La Zr Ta W Re Os Ir Pt Au

Puc. 47. buonornuecku BaskHbIE METAILIEI

s Bcex MepedrcleHHBIX 3JIEMEHTOB, MO-BUIUMOMY, CYLIECTBY-
10T cocoObl, Oarofapsi KOTOPBIM KJIETKH PEryIUpYIOT UX COAepIKa-
Hue. /{1 HEeKOTOPHIX DIIEMEHTOB CHCTEMbl aKKYMYJISIIIUHA WM BEIOPO-
ca M3 KJIETKH TaK MOIIHEI, 9TO OOHAPYKUBAeTCs ApKas HEpaBHOMED-
HOCTH B PacHpeeIeHNH HOHOB M0 00€e CTOPOHBI KJIETOYHON MeMOpa-
HbI (Tabu. 9). Tak, KIETKU BCeX TKaHEW JKMBOTHBIX XapaKTePU3YIOTCS
3neKTpoxuMuueckum rpagueaToMm noHoB Na, K u Ca. Monsl Na BbI-
OpacpIBatoTCA U3 KJIETKH, a MOHBI K HakamimmBaloTcs Tam, MpH 3TOM
co3laeTcsl TpaHCMEeMOpPaHHBIM MOTEHIIUAN KISTKH BenuunHoi 90—120
MB. Honbl Ca criocoOHBI Kak BBIOPACHIBATHECSA U3 KIETOK, TaK U aKKYy-
MYJIHPOBATHCS BO BHYTPHUKJIETOUHBIX JIETI0, Oarofaps 4emMy KOHIIeH-
Tparus HoHM3HpoBaHHOro Ca’’ B «IOKOSIIEHcsa» KIeTKe COCTaBIseT
~107 M.

Hatpuii u kaaui. [IpuunHa, Mo KOTOPOH KMUBBIE CUCTEMBI «BbI-
Opanm» OgHOBAJIEHTHBIE MOHBI JUISI CO3JaHNUS HOHHOW aCHMMETPUH,
MpocTa: 3TO Hamboyee pacupocTpaHEHHbIE MOHBI B HEXHBOM Npu-
pone. Kpome Toro, 3T HOHBI OTINYAIOTCA BaKHBIMH OCOOEHHOCTS-
mu. Oba yKa3aHHBIX PJIEMEHTa UMEIOT HU3KHI MOTEHIHAJl HOHHU3a-
MU BHEIIHETO JJIEKTpOHAa (TaK Ha3bIBa€MBIM MEPBBIM MOTEHIIHAT
WOHU3alKK), a 00pa3ylomuiics HOH 00aiaeT KoH(pUrypanueit ato-
Ma WHEPTHOTO ras3a, TO €CTh ABISETCS CPEePUIECKUM U cIabo Mos-
pU3yEMBIM.
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Tabmura 9. ConepkaHre OCHOBHBIX HOHOB B KJIETKAX M BHEKJICTOUHOM
JKUJIKOCTH HEKOTOPBIX )KUBOTHBIX B CPABHEHUH C MOHHBIM COCTaBOM
MOpPCKO#1 BozbI (MM)

O0BeKT Hatpuii Kanuii Kanbumit | Marumii Xuop
Kpsica
MBIIIIIBI 27 101 1,5 11,0 16
IU1a3Ma KpoBH 145 6,2 3,1 1,6 116
Jlarymka
MBIIIIIBI 24 85 2,5 11,3 10
ja3mMa KpoBu 104 2,5 8,5 1,2 74
OcbMHUHOT
MBIIIIIBI 81 101 3,7 12,7 93
JKHJIKOCTh TeJia 525 12,2 11,6 57,2 480
Mopckas Boaa 440 9,5 9,6 56,0 535

Bropoii noteHunan HOHU3AaUMK OJISL 3TUX 3JIEMEHTOB JOCTATOYHO
BBICOK. [lo 3TOW mpuuwHE, TPYAHO TPEIIOIOKHUTH CYIIECTBOBAHUE
JIPYTHX OKUCJICHHBIX (DOPM 3THUX METAUIOB; B JICHCTBUTEIBHOCTH OHU
HEU3BECTHBI.

B Ounosornyeckux JKUIKOCTSAX HATPUH W KaJduil MPeACTaBIICHBI IIpe-
MMYIIECTBEHHO B MOHHOHN (popme. B BogHOH aze paccmarpuBaemble
BellecTBa OYPHO MOHH3MPYIOTCS ¢ BOCCTAHOBJICHHWEM BOJIOPOJA BOJEI,
a o0pasyromrecst HOHBI JIETKO THAPATHPYIOTCA.

Harpwuit u xanwmii Bmecte ¢ H, Li, Rb, Cs, Fr Bxomst B cocras I rpyn-
bl DJIEMEHTOB Tabnuibl Menneneesa. Bece onu (kpome ra3o00pa3Horo
BOJIOPOZa) — METAJUTBI U OTHOCSTCS K TPYIIE IISTOYHBIX METAJUIOB.
OO0muM IJ1s HUX SIBISIETCS HAJTMIHEe HW30BITOYHOTO (CBEepX KOHpHrypa-
MY UHEPTHBIX Ta30B) S-3JIEKTPOHA.

HecMOTpst Ha BHICOKYIO mojBukHOCT, Na' u K', onu He pacrpene-
JIEHBl B JKMBBIX CHUCT€Max paBHOMEpHO. HampoTuB, kak yke oTMmeda-
JIOCh, CYIIECTBYET OIpeNeieHHas M30MpaTeIbHOCTh B PACIIpEENeHUH
3TUX MOHOB MEXIY KJIETKAMHU U BHEKJIETOUYHON CPEAOM.

Hatpuii B uHTEpCcTHUMANBHON >KUAKOCTH PETYIHPYET OCMOTHYE-
CKMH OaylaHC OpraHM3Ma W CofiepKaHue BOAbI B TKaHsX. Monsl Na yuda-
CTBYIOT TakXe B MOANEPKaHUM KHUCIOTHO-IIEIOYHOTO PaBHOBECHUS B
OpraHm3Me, a B BO30YIUMBIX TKaHSX (HEpPBHAsl U MBIIICYHAs) — y4acT-
BYIOT B ()OPMHUPOBAHHH DIIEKTPHUECKOTO IMOTSHIINAA.
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B nocnennee BpeMst yCTaHOBIICHBI U IPYTHE BaXKHBIC TSI OPTaHU3Ma
¢yuxrun Na®, HanpaBieHHbIe Ha H3MEHEHHE YMAKOBKHM HYKIEHHOBBIX
KHCJIOT U O€NKOB, MOCKOJIbKY CBSI3bIBAHUE HATPUS MOHHBIMU IEHTPAMHU
MaKpOMOJICKYJT MOXKET CTaOMIN3UPOBATh UX B OMPEIECICHHBIX KOHDOP-
mayusx. Cnocobrocts K™ cTabUIM3HpOBaTh CTPYKTYPy MAaKPOMOJIEKYJI
PE3KO OTJIMYAETCS OT TAKOBOH Y Na'.

Tabmuma 10. PU3NKO-XUMUYECKIEe CBOMCTBA NOHOB HATPHUS U KaJus

PaBHOBECHBIH IIpenenbuas
Koopaunannonnoe
Hon Pamuyc, A aneIo IIOTCHIUAI, TeMmIeparypa
MB ruaparanuy, °C
Na* 0,98 6-8 +60 20
K" 1,33 6 -94 70

Kanuii taxke HEOOXOOUM JUISl paCTEHHH M KUBOTHBIX. [10CKONBKY
MHOTHUe ero (pyHKIMM aHAIOTUYHBI TAKOBBIM y Na', 5TH MOHBI 10 HEKO-
TOpO# creneHn B3amMo3aMeHsieMbl. OHAKO B OONBIIMHCTBE CITydaeB
neiictBue K okassiBaeTcs MPOTUBOIIONOKHBIM JIEUCTBUIO Na“. Tak,
npu Bo3OyxaeHun Na'~ obecreunBaer a3y AeNoNsSpU3alUd KIETKH, a
K" BoCcTaHaBIMBAeT MCXOMHBIM MOTEHIMAT Ha MeMOpane. g psama
depmentoB rimkonusza K ssnsercs akTusaTopoM, B TO Bpems kak Na©
uHruoupyet ux. [lo-pasHOMYy BIUSIOT 3TH MOHBI U HAa KOH(QOPMAIHOH-
HOE COCTOSIHUE MAKpPOMOJIEKYyJ. B OCHOBe uX NEHCTBUA, BUAUMO, Je-
KUT MHOXKECTBEHHOE CBSI3BIBAHWE C AHWOHHBIMHU IICHTPAMU KPYITHBIX
MOJIEKYJI, TaK KaK ONTHUMAaJbHbIE aKTHBHPYIOIUE KOHIIEHTPAallUU OJHO-
BaJICHTHBIX KaTHOHOB OY€HBb BBICOKH, OHH cOCTaBIII0oT S0—100 MM.

Kpome Toro, HaTpuit U Kaliuil B MOHU3UPOBAHHOM COCTOSIHUU HE
OTJIMYAIOTCA APYT OT ApYyTa IO 3apsiay, pa3Mepy W YUCIy CO3/aBae-
MBIX UMH KOOPJWHALIMOHHBIX CBSA3EH, HO CYIIECTBEHHO OTJIMYAIOTCS
[0 BEJIMYMHE NPEAEIbHON TeMIepaTypbl, TO €CTb TOW TeMIepaTyphl,
BBIIIE KOTOPOH paszpemeHa ux rumapatanvist (Tppe,). Aus HaTpus ona
coctapnser +20°C, a ans xkanus +70°C. Takum o6pa3om, Mo KpaitHeit
Mepe B quana3oHe Temneparyp Beimie +20°C, B KOTOPOM (yHKITUOHH-
PYIOT OOJBUIMHCTBO JXMBBIX OPTaHW3MOB, HATPUN JIETKO B3aMMOEH-
CTBYET C MOJIEKYJIaMH BOABI, 00pa3ys THApPaTHYIO 000JI0YKY, a KalIui
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oTTankuBaeT BoAy (Tabn. 10). Takum oOpa3om, HOH Kajaus MO CBOUM
CBOCTBaM siBIsieTcs OoJiee TuAPOPOOHBIM, UeM HOH HATpHSI.

[TockonbKy rUApPaTUPOBAHHBIA MOH HATpUs OJHM30K MO pa3MepaM K
HETUPAaTUPOBAHHOMY MOHY KaJlHs, TO HH IO 3apsay, HU 10 pa3Mepam
9TH MOHBI HE OTJIMYAIOTCS APYT OT ApYyra, U Haubolee CyIIeCTBEHHBIM
pasnuueM Ui UX IUCKPUMHHALUH SIBJISETCS] BEUYMHA THAPO(POOHO-
ctu. KonnuecTBeHHO 3Ta BeTMYMHA MOKET OBITh BBIPAXKEHA HSHEPrue
THIpaTalui, KOTopas MpyW KOMHATHOW TeMIepaType COCTaBJIseT s
Hatpus +1,03 xJx/Monb, a ans kamust — -1,05 k/x/mMonb. OueBuaHO,
OMOJIOTHUECKHE MOJIEKYJIBI MOTYT MCIOJb30BaTh MMEHHO 3TOT Iapa-
MeTp Ui 0TOOpa U pacrio3HaBaHMU HOHOB.

Jlunuasl Xopouo pa3zauyaroT Na" u K, BEPOSTHO, UMEHHO OJlaroja-
ps pa3nuuusaM B UX rUApopoOHOCTH. Ecny mpUroToBUTH BE3UKYJIIBI U3
CMeCH NPHUPOIHBIX JUNUAOB (TaKOH YIIPOIIEHHBIM MPooOpa3 KieToy-
HBIX CTPYKTYp Ha3bIBAIOT JUNOCOMAMU), OKA3bIBAeTCsA, YTO CKOPOCTb
npoctoil nuddys3un yepez ux MmemOpansl Oyzner B 3—7 pa3 BhILIe I
KaJus, 4eM I HaTpus (B 3aBUCHMOCTH OT COCTaBa JIUIIMIOB, HOHHOU
CHIIBI M ApPYyTUX ycioBuil). TakuMm 00pa3oMm, «HEXHUBBIE» JHUIIOCOMBI
CIIOCOOHBI CO37aBaTh TPaJMEHT OJAHOBAJIEHTHBIX HOHOB Ha CBOEH MeM-
OpaHe, MOXOXKHUI HA TOT, YTO CO3JACTCS )KUBBIMH KJIETKAMHU.

HyxnenHoBbIe KUCIOTHI, HECYyIIE MHPOPMALIHIO O CHHTE3€ OEIKOB
U TeM CaMbIM OIpeJeISIoNe OEIKOBOE <JIUII0» KIETKH, TOKE pearu-
PYIOT Ha M3MEHEHHWE MOHHOTO COCTaBa CPelbl, B KOTOPOH OHU (PyHK-
LIUOHUPYIOT. Tak, NOHBI HATPUA BIUSIOT HAa YIAaKOBKY M B3aUMOJIEHUCT-
BH€ HYKJICOTHAOB B [IBOMHON CIHpaid, a MOHBl KW PETYIHPYIOT
NPOYHOCTh KOHTAKTOB Mexay pubocomamu u PHK, ¢ ygactuem korto-
PBIX IPOMCXOANUT CUHTE3 MOJUIEITHIHON LEHH.

BenkoBble MONEKyIIBI Tak)Ke HE SBIAIOTCA HCKiItoueHneM. OHHU crio-
COOHBI pa3nn4aTh HATPUHA U Kajdui B BOAHBIX pacTBopax. VHTEHCHB-
HOCTh MHOTMX (DEpPMEHTATHUBHBIX MPOLIECCOB B KIETKE 3aBUCHUT OT HO-
HOB HATpHS U Kalus: B OOJBIIMHCTBE CIy4YaeB MOH Kallusl ABISETCS aK-
TUBaTOPOM, a MOH HATPHUsl — MHTHOUTOPOM KIIETOUHBIX peakiuid. Mc-
KJIIIOUYEHHE COCTaBJSIFOT HPOLIECCHl CHMHTE3a JIMIHIOB, aKTUBUDPYEMBIE
HaTpHEM.

Marnuii u kanabuumii. Moast Mg un Ca Bxonat B coctas Il rpymmsr
aIIeMeHTOB Tabiuiel MeHzeneeBa; 3Ta Tpymnmna OTKPBIBAeTCsl OCpHUILTH-
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em (Be). bepumnmii o6nagaer coBepIieHHO 0COOBIMH CBOHCTBaMH, 00Y-
CJIOBJIEHHBIMU MaJIbIM MeTamnuyeckuM paaumycom (0,89 A) u moren-
nuanamu voHusauu (9,32 u 18,21 3B). Takum oOpazom, Be 3Haum-
TETBHO MEHEe 3JIeKTPOonoioxuTesaeH, yeM Li. [To aTum npudnHam noH-
HBIX (hopM Be B pacTBOpax He cyIlecTByerT.

HecmoTpst Ha TO 4YTO 3NMEKTPOHHOE CTPOCHHUE AJIEMEHTOB TPYIIIBI
MIeTIOYHO-3€MENBHBIX METAJIOB IOJO00HO JIIEKTPOHHOMY CTPOCHHIO
Be, Oonpmmii pasMep UX aTOMOB YMEHbIIAeT BIUSHHE 3apsja siapa Ha
BaJICHTHBIE AJIEKTPOHBI. MIOHHAs IpUpoJIa MX COeNNHEHUH BO3pacTaeT B
paxy Mg™, Ca*, Sr*'; u xors HekoTopsle coeanHenns Mg eme mme-
IOT KOBAJIGHTHBII XapakTep, Bce coequHenns Ca”” 06ajaior, Mo cylie-
CTBY, HOHHBIMH cBoiicTBamH. Kak 1 B ciydae snemeHToB | rpynmsl, pa-
JIUYCHl TUAPATUPOBAHHBIX MOHOB 3yieMeHTOB Il rpynmbl 3HaYMTENHHO
Gonblte MX KpucTamiorpaduueckux paguycos. Mg™', Ca®", Sr** o6pa-
3YIOT psid, B KOTOPOM HAaOJIIOJaeTcsl CHCTeMaTHYecKoe H3MEHEHHE
CBOWMCTB B COOTBETCTBHU C M3MECHEHHUEM HWOHHOH M JIIEKTPOIOJIOKH-
TETBHOM MPHUPOMBI dIEeMEHTOB. HEKOTOphIe MPUMEPHI AITHX CHCTEMATH-
YECKMX W3MEHEHHUH TaKOBbI: M3MCHEHUE TCHICHIIMH K THApPATAIlMHA KPH-
CTaJUIMYECKUX COJIel; yMEHBIICHHE PACTBOPUMOCTH CyIb(paToB, HUTpa-
TOB, XJIOPUIOB (HO HE (PTOPUIOB); YBETHMUEHHE CIOCOOHOCTH pearupo-
BaTh C BOJIOPOJIOM; CIIOCOOHOCTH CTA0MIIM3NUPOBATh ITEPEKUCHEIE U HAI-
MePEKUCHbIC AaHHOHBI.

W3 Bcex aieMEeHTOB TpYIIIbI MIEIOYHO-36METbHBIX METaJNIOB JIUIIH
Mg*" 1 Ca®" mHpOKO HCIONB3YIOTCS B KHBBIX OPraHH3MAX; OCTAIBHEIE
B OOJIBINIEH MM MEHbBIIICH CTENEHW TOKCUYHBI. [ JlaBHAsS MPUYMHA TOK-
CUYHOCTH 3TUX DJEMEHTOB 3aKI0YaeTCs, BHIUMO, B HX BBICOKOM
CKJIOHHOCTH 00pa30BBIBaTh KOBAJICHTHBIE CBS3HM, W CIOCOOHOCTH BHI-
TecHATh HOHBI Mg 1 Ca U3 OHONOTHYECKUX CTPYKTYP U HEOOPATHMBIM
CBSI3BIBAHUEM C 3THMHU CTPYKTypamMu. VIMEHHO 1O 3TOW NMpHYMHE 0CO-
O6enHo TokcudyeH Be. CTpoHUMi Mano pacmpocTpaHeH B OHoJormye-
CKHX CHCTEMaX, OJHAKO €ro paJvoaKTHBHEIH H30Tom *'Sr’ 10CTaToOuHO
OlaceH: OH HaKaljIMBaeTcsd B KOCTSX, B pe3yjbTaTe Yero BO3MOXKHO
BO3HUKHOBEHHE JieiikeMun. bapuii BcTpeuaeTcs darie CTPOHIUS, €ro
neficTBHe HA OPraHM3M HE M3YYeHO, M3BECTHO JIMIIb, 4TO comn Ba®’
BIMsIOT Ha oOMeH Ca’’ B TKaHsX; 9TO He OTHOCHTCS Jmmb K BaSOy,
UMEIOIIEMY HE3HAUYUTEIBHYIO PACTBOPUMOCTD.
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[Ipu oObIuHOM AueTe y droneii He ObBaeT medwummra Mg2+, 3a Huc-
KITIOYEHHEM CIIy4aeB pEe3KOro CHIDKEHHS cojepKaHHsd Oellka B IHIIE
WIN XpOHUYECKOro ajkoronusMa. CyToyHas MOTpeOHOCTh YelOBEKa B
Mg”" cocrasmster 200-300 mr, a o6mee KomdectBo Mg”™ B opraHusme
B3POCJIOro 4enoBeka cocTaBisieT okoio 20 r. boiiee MOIOBUHBI 3TOTO
KOJINYECTBA OCEAAET B KOCTSIX B BUIE (pocopHBIX coneil. B HekoTOpBIX
ciydasx ¢ocdar MarHus MOXXET OCEAaTh B MOUYEBBIBOISIIMX KaHAJIb-
nax. Iloutu Bechb OcCTaIbHOM Mg2+ SIBJISIETCS BHYTPUKIIETOUHBIM. Co-
nepxkanne Ca”” B OpraHM3Me YeloBeKa M KMBOTHBIX ONpENeNseTcs Co-
oTHOIIeHHeM >Q(EKTHBHOCTH CHCTEM aKKyMyJSAIMH M BbiGpoca Ca’™
u3 opranmsma. Jeduuur Ca®” Bo3HHKaeT BechbMa peako. OH yalie Bee-
T'O MOXET OBbITh BbI3BaH JS(PEKTOM METa0OoaM3Ma, IPU KOTOPOM pealiu-
3yercs ckioHHOCTh Ca’” 06Pa30BIBATE HEPACTBOPHMBIE CONM C AHHO-
HaMH, IIMPOKO PAacCHpOCTPAaHEHHBIMHU B IHUINE, — OKcagaToM U ¢ocda-
ToM. Yame Bcero BcTpedaeTcs eunepkaivyuemus. Hapymenus ooOmeHa
Ca’’, mpuBozsmIMe K KOTEOAHUIAM €ro ypoBHs B KPOBSHOM pyCIe, BbI-
3bIBAlOT HAPYIIEHHUs] MHOTHX IPOLECCOB JKU3HEAEATEIBHOCTH, B TOM
gHCIIe BO30YAMMOCTH HEPBHOU U MBIIICYHOW TKAHEH.

3nauenne Mg™" 1 MeTaGoMM3Ma MOKET OOBACHATLCA Ero CBOHCT-
BaMH KaK IPOMOTOPA CTPYKTYPbl MAKPOMOJIEKYJI, KaK CyOCTpaT-CBA3bI-
BAaIOIIETO MOHA M KaK MepeHOCYHKa dJIeKTpoHOB. Ilocnennee kauecTBO
ans Mg Mano CyllecTBEHHO, TaK KaK OH HE MMEET MepeMEHHOil Ba-
nentHocTH. [lepBoe CBOMCTBO Takke HE OCOOEHHO IMPOKO pacipo-
CTPaHEHO, XOTs YCTaHOBIEHa criocobHocTh Mg®" crs3biBaThCs ¢ JIHK
in vitro. HauGonee mupoko n3BecTHa poib Mg™" B 06pa3oBaHHH KOM-
wiekca ¢ AT® — cybctpatom ameHo3uHTpudoOChaTa3HBIX Peakuui; B
3TOM POJM MarHuil SBJISAETCA HE3aMEHUMBIM. Mg2+ BCTYIIA€T BO B3au-
MozeicTBre ¢ (GochaTHRIMU 3apsKeHHBIME TpynmamMu AT®, momspu-
3ysl UX W TOBBIIAS PEAKIMOHHYIO CIIOCOOHOCTH CHCTEMBI, O0yerdas
HYKJICOQWIbHYI0 aTaky Ha TepMuHanbHbIH (ochatr ATD. Hakonen,
€CTh JUIMHHBIA CIUCOK Mg-3aBUCHUMBIX (PEPMEHTOB, HAYMHAS OT MHUPY-
BataekapOokcunasel U konuas JIHKas3oii, roe posib Mg2+ CBsI3aHA C
(opMHPOBAaHHEM aKTUBHOTO (KaTaJUTHYECKOr0) LEeHTpa (epMeHTa.
Marnuii kak Hamboliee IIMPOKO PACIPOCTPAHEHHBIH KaTHOH BO BHYT-
PUKJIETOYHOM TIPOCTPAHCTBE BBICTYIMAET NPUPOAHBIM aKTHBATOPOM
OonpIIMHCTBA (DEPMEHTOB, KOTOPBIE NEHCTBYIOT Ha (ocdopunupoBaH-
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HBIE CyOCTpaThl, THAPOIN3YS aHTUAPUIB! pocopHoit kucmoTel. Cyre-
ctByer Oosee 100 dhepMeHTOB, JJI1 KOTOPBIX HEOOXOAUMBI MOHBI Mg
Kak KO(aKTop KaTaJu3UpyeMbIX MU peakuuil. B OonbpmuHCTBE Cllyya-
es Ca”" sBnsiercs ero aHTaroHucToMm. Tak, B TNIAJKMX MBIIIIAX HOHbI
MarHusi o0ecreynBaroT nokosieecs (paccaabieHHOe) COCTOSIHUE BOJIO-
koH, a Ca’" ABNfeTCS aKTMBATOPOM HX COKPATHTEIBHOro oTBeTa. I1o
conepxanuto noHoB Na, K, Ca u Mg nuromnnasma KIeTOK OTIMYAETCS
OT MHTEPCTHLHAIBHON XUAKOCTH, KOTOpas, 0OCOOEHHO B Cly4yae Mop-
CKUX YKUBOTHBIX, MPUOIIIKACTCS K COCTaBY MOPCKOM Bojbl. Uemy ciy-
JKUT Takoe CeJeKTHBHOE pacrpeneneHne noHoB? [lepeuncrieHHble
3/1eCh MOHBI B OOJIBIIIMHCTBE CBOEM y4YaCTBYIOT B OCYIIECTBICHUN BaXK-
HBIX IyCKOBBIX HJIM KOHTPOJIBHBIX MeXaHm3MoB kietku. Tax, Ca’ 3a-
MycKaeT paboTy KaJbMOIYJIHMH-3aBUCHMBIX CHUCTEM, a TaKKe COKPaTH-
TenbHBIH ammapar, Na' MOKeT peryImpoBaTh HHTEHCHBHOCTh OEIKOBO-
rO CHHTE3a; T'PaJUEHT OJHOBAJICHTHBIX HOHOB SBISAETCS MCTOUHUKOM
SHEPruy AJsl MPOLECCOB BO30OYKACHUS, a TaK)Ke BTOPUUYHO-aKTHBHOTO
TpaHCIIOpTa CyGCTPATOB B KIETKY; B0 Mg®" B simpo HelTpanusyer 3a-
psaa ¢ocdara JJHK u crabunmsupyer ABOWHYIO CiHpalib. JTH JTaHHBIE
03HAyaloT, YTO U3MEHEHNE HOHHOTO TOMEOCTa3a MOKET BbI3BaTh OIpe-
JIeIeHHbIe OMOXUMUYECKHE MTOCIIEACTBHS.

Yacto B 3KCHIEpUMEHTE, U3ydas pojb MOHOB B TOW WM WHOU (dep-
MEHTATHBHOW pEaKUuH, UCCICAOBATENN MBITAIOTCA MOAMEHUTH OJHH
MOHBI IpyruMu. DEepMeHTHl «3aMedaroT» MOAMEHY, MPHYEM XapakTep
W3MEHEHHS X CBOMCTB MOXKET JaTh BAXKHYIO HHpopManuio. Tak, HOHBI
Mg, KoTOopble HEOOXOAMMBI I BCeX (EPMEHTATHBHBIX peaKIui,
BKJIIOUAIOMIKX NepeHoc GocdatHol rpynmsl (pocdaTasbl, KHHA3EL, MO-
JTEMepasbl), MOXKHO 3aMeHHTh HoHaMu Mn”" Gomee >(bdexTnuBHO, dem
roramu Ni*', XOTs y TOCIEIHEro HOHHBIA paanyc OIIKe K Pamguycy
Mg**. B psine cilydaeB JaHTaH MOXKET 3aMEHATh KaIbLUii, HECMOTpS Ha
pasHMLly B UX 3apspax. Tammmii oGnagaeT gaxe OOJBIINM CPOACTBOM K
Na/K-AT®daze, uem kanuii. JKene3o0 B ObIXaTeIbHON LM YAaCTHYHO
MOYKHO 3aMEHUTDH Ha raJioquHui. Takol Moaxo1 MepCrneKTUBEH Il Uc-
CIICOBaHMSI B3aUMOAEHCTBHS MEKOEIKOBBIX KOMIUIEKCOB, MOCKOJIBKY
MapraHel SBJSIETCS TapaMarHUTHBIM HOHOM-TYIIHTEIEM CITHHOBOTO
CUTHAJIA, TamoMHuNA d()PEKTUBHO TYIIUT OETKOBYIO (DITyOpECIICHITHIO.
CesspiBanne Mg™" ¢ 3apsUKeHHBIMH TIPYNIAMH HYKJIEHHOBBIX KHCIOT
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Xopomo uMutHpyercs noHamu Cu’’, HO ¢ oTIHUHBIM 0T Mg®" pesyis-
TaTOM: MeIb JACCTa0MIM3UpPYeT ABOHHYIO CHHpalb, CIIOCOOCTBYS ee
PacKpy4yMBaHUIO, TaK KaK CBA3BIBAECTCS HE TONBKO C (pocdaTHBIMU
TpyNIIaMy, HO ¥ C a30THCTHIMA OCHOBAHUSIM.

Co3aHre MOHHOW aCUMMETPHU KJICTKH 00ECICUNBACTCS aKTUBHBIM

+ + 2+ +

tparcnoproMm Na', K, Ca” u H'. 3TOT npouecc ocymiecTBisercs cre-
UaJIbHBIMU TPAHCTIOPTHBIMU CHCTEMAMHU.

6.4. MOJIEKYJ/IIPHBIE OCHOBbI IEPBUYHO-AKTHBHOI O
TPAHCIIOPTA HOHOB

B GonpminHCTBE CIy4aeB MCTOYHUKOM DHEPTUM AJSl NEPBUYHO-aK-
THBHOTO TpaHcropTta MoHOB sBisieTcss AT®. Bor noyemy GombmImHCT-
BO MOHHBIX HACOCOB OJTHOBPEMEHHO SBIIAIOTCS (pepMEHTaMH, TUAPOIIHU-
sytoutimu AT®, — AT®azamu. Bece tpancnoptaeie ATda3bl npoxa-
PHUOTHYECKUX U 3YKAPUOTHUECKUX KIIETOK Jensarcs Ha ATdazsl P-, V-
u F-tuna.

O6mmmMm cpoiictBom AT®a3 P-tuna siisiercst cnocoOHOCTB 00pazo-
BBIBAaTh KOBaJIEHTHBIH (ocdopunupoBannsiii nuarepmenuar (P), yuact-
Byromuid B peakuuoHHoM wnukie. K stum ATdazam otHOCsTCS
Na/K-ATdaza, Ca-ATdDaza u H-ATdaza minazmaTuyeckoir MeMOpaHbI
JYKapUOTUYECKUX KIETOK, a Takke Ca-ATdaza snmo(capko) miazma-
THdeckoro perukyiayma u K-AT®da3a HapykHOH MeMOpaHBI TPOKAPHUOT
(E. coli, Streptococcus faecalis). llpenmonaraior, 4To BBICOKOCITEITH-
¢uunoe (K, = 10-30 MxM) nornonieHue HOHOB Kallusl KJIETKaMu pac-
TeHuit MoxkeT obecneunBatbes K ,H -AT®aszoit, K'-ATdas0it u(uim)
K',H -cumnoprepoM. DTH MepeHOCUMKHM HAYMHAIOT aKTHBHO IEeHCTBO-
BaTh MPU MUKPOMOJISIPHBIX KOHIIEHTpalUAX KaJlus BO BHEUIHEH cpene,
a HachlllCHHE HACTyNaeT MNpHM KOHLEHTpauu HoHoB K Goiee
200 MkM. CKopoCTh 0OpAILeHHsT 3THX IEPEHOCYHKOB cocTasisier 10” -
10* noHoB B cexyHay. OHH CIIOCOOHBI AKKYMYTHPOBATh KAl KIETKa-
mu 1ipu 10°-KpaTHOM rpajiMeHTe ero KOHIEHTPaluy Ha MeMOpaHe.

B mpormecce dynkumonnpoBanns ATda3z P-tuma mpu rumponmse
ATO® ocraTok ¢GochopHOI KHUCIOTH MEPEHOCUTCS Ha KapOOKCHIIBHYIO
rpyIIy acrapraTa akTUBHOTO IIEHTpa U o0paszyercs (hocopriinpoBaH-
Hast ¢opma depmenta (E-P). DddextuBupiM uHruouropom ATdaz
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P-tumna sBnsieTcs BaHAmaT-mOH, KOTOPHIN criocobeH 3amemars hocdar B
aKkTUBHOM neHTpe pepmenTa. Paznnunbie AT®a3wl P-tuna ornuuatores
JpyT OT ApYra MO 4yBCTBUTEIBFHOCTH K JIIOOBIM IPYIMM MOAU(DUKATO-
paMm, KpoMme BaHa/aTa, KOTOPBIH SBISETCS CHIBHBIM WHTHOUTOPOM
MMEHHO 3TOro Tvma TpaHcropTHeix AT®da3. Hampumep, H -ATdaza
TUIa3MaTHYECKUX MEMOpaH HHTHOUPYETCS Oudmuicmuiboecmpoiom
(I2C) m BBICOKHMH KOHIIEHTPAIMAMH OUYUKIO02EKCUTKAPOOOUUMUOA
(JILIKJT), Na/K-ATda3a - cepmeunsiMu rmmkosunamu, Ca’'-ATdasza
TUIa3MajJeMMBbl aKTHBHpYETCs O€IKOM KalbMOAYJIMHOM U YTHETaeTCs
pyTCHHEBBIM KpacHBIM, SH-pearenTamu (mepcanun, N-smuimanreumuo
u ap.) u spumposurnom B, a Ca-AT®daza capkoria3MaTHIecKoro peTH-
KyJIyMa — mancueapeutom.

Hon-tpancnoprupytomue AT®a3pl V-Tuna oTHOCATCS K MeMOpa-
HOCBSI3aHHBIM CTPYKTypaM, KOTOpBIE OTIMYAOTCS OT MHTOXOHIPHHA U
SHJIOIIA3MAaTHYECKOTO peTHKyiIyMa. OHM OOHApy>KUBArOTCS B BaKyo-
JSIX APOXOKEH M TOHOIUIACTaX PACTEHHH, a TakKe B JM30COMax, dHIO-
COMax U CEKpPETOPHBIX IpaHyJiax. bonbmuHCTBO 3TUX ATda3 sBistoT-
Csl TIEPEeHOCYMKAMU TPOTOHOB M yYAacTBYIOT B TPAHCIIOPTE AHMOHOB,
aMUHOKHCIIOT, pernapaiui MeMOpaH MpH HA0- U dK301uTo3e. [l HUX
HE yCTaHOBJIEHO 00pa30BaHUsI KOBaJEHTHO-CBSI3aHHOTO WHTEpMeanaTa
B xoze karamutuaeckoro ukia. Kpome LK/, AT®a3sr V-tuma 610-
KUpYIOTCa Humpamom, xaoTporHeiMu BemmecTBamu (KSCN) u SH-pea-
reHramMu. Hu Banagar (uaruburop P-tunma AT®az), Hu onucomuyun
(narHOUTOp F-AT®a3) HEe AEWCTBYIOT Ha ATH CUCTEMEI.

Ha puc. 48 npuBenena cxema (pyHKIMOHHPOBAHHUS IJNEKTPOTEHHBIX
MIPOTOHHBIX HACOCOB TOHOMJAacTa. TpaHCIOPT MOHOB BOJOPOAA BHYTPh
BaKyOIll OCYIIECTBISETCA NByMs (DepMEHTaMH, OJUH W3 KOTOPHIX HC-
nmone3yer sHepruro AT® (H-ATdaza), a BTropoit — mmpodocdara
(H-PPaza). O6a depMeHTa KaTATU3UPYIOT JIEKTPOTCHHBIA TPAHCIIOPT
NPOTOHA M3 LUTO30JIs1 B BaKyOJIb, CO3/1aBasi Ha TOHOIUIACTE 3JICKTpHUe-
ckuit (ot +20 mo +50 MB) u xummueckuit (ot 1,5 mo 4,5 enunnn pH)
IpaJveHThl. DTa SHEPrusl MCIIONb3yeTcsl B Mpollecce BTOPUYHOTO aK-
TUBHOTO TPAHCIOPTa MOHOB B PEXUME YHHUIIOPTA WIM aHTHIoOpTa. Ho-
el CI', NO;” u Maiara (Malz’) BXOJISIT B BaKyOJb, @ HOHBI Ca BBIXOIAT
M3 BaKyOJH IO TPaJMEHTy dJeKTpudecKkoro notennuaia. Monsr Na, Ca
¥ caxapa BXOJAT BHYTpb Bakyonu B oomen Ha H'. CienyeT oTMeTuTS,
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PFi 2P qTO Ha JOJIIO H'-PPazb TpHU-
sEy= 20-50MB  XOJMTCS OT 1 1o 10% OenkoB
TOHOIJIACTA, IIO3TOMY OHa
crocoOHa co3/1aBaTh MOYTH Ta-
Kol ke (ecmu He OOnbLIuil),
kak u H-AT®aza, rpagueHt
Mal KOHLIEHTpallul MPOTOHOB Ha
NO3 MeMOpaHe TOHOILTACTa.
AT®a3pr F-tuna (Ha3bI-
cr- Baembie (Fo+F))-ATda3zamn)
pHuur =7.5 06Hapy>1<HBa}(2Tc;1 B MeMOpa-
Hax OakTepuii, B XJOpoOIUIa-
ATd  AflD+Pi cTax U MUTOXOHApUsIX. OHHU
MMEIOT OYEHb CII0KHOE YCT-
poiicTBO: comepxaT Bojopac-
TBOpUMYyl0 4dacth F;, cocros-
Y0 W3 HECKOJIBKHX CyObhe-
TUHAI 1 00JIamalonyo Kara-
JINTUYECKOMN AKTUBHOCTBIO
(cmocobHa  KaTamu3UpOBaTh
KaK CHHTe3, TaKk u ruaponn3 ATD), u ruapodobuyro yacts Fy, yuact-
BYIOIYI0 B TpaHciokanuu H'. OCHOBHBIE pa3iuuust MEXAY dTUMH
(dbepMeHTaMU 00HApPYKHUBAIOTCA HE B CTpyKType Fi-dactu, a B ruapo-
¢bobHOM F(-KOMMOHEHTE, TTOTPYyKEHHOM B MeMOpaHy. Ywmciio mosu-
nentuaoB B Fy MoxeT kosedarsest oT 3 10 8. AktuBHOCTE F-AT®da3
noxasnsgercs oxuromurmaom, UK, eewmypuyudunom, wmonamwu
kanMusa. B kieTke (epMEHTHI MEpPBHIX IBYX THIIOB BBICTYMAIOT Kak
noTpebuTenyu, a Tperbero — kak npoaynesTsl AT®. Hmwxke pacecmorpe-
HBI HauboJsee NoAPoOHO U3ydeHHbIe TpaHcnopTHbIe AT®D-a3sl.

, PHg=36

Ca’

caxapa

Puc. 48. DnexTporeHHsbIi
TPaHCIIOPT HOHOB BOJIOPO/IA
H'-AT®az0ii u
H -mpodocdarazoit (H'-PPa3oi)

6.4.1. Na/K-ATDasa

Na/K-AT®a3za npencraBisieT co00i CIIOXKHBII O€TOK, BCTPOCHHBIH
B HApYXHYI0 MeMOpaHy KJIETKH U MUMEIOIIMI LEHTPH! CBA3BIBAHUS LIS
MOHOB HATPHUs U Kajlus, a TAKKE aKTUBHBIM LIEHTP, TI€ OCYIIECTBIIAIOT-
cs1 cBsi3piBadme U ruaposn3 AT (puc. 49).
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Membpata

LuTonnazma . U u

OH OH

Puc. 49. Cxema pacnionoxenust Na/K-ATda3b1 B KIIeTOUHOH
MeMOpaHe (a) ¥ CTPYKTypa ee CeupuIeckoro HHruouTopa
yabanHa (0)

Pacrionoxenne N- u C-KOHIIOB IMOJMIIENTUAHBIX IIETIEH YKa3aHO COOTBETCT-
ByrOIIMMHU OykBaMu. MeMOpaHHas 4yacTh 0-CyOBeTMHUIBI TpeacTanieHa 10 o-
crpansMu (KOJIOHHAMH), TIEpECEKAOIUMI MeMOpaHy W 0Opa3yromuMe He-
CKOJIBKO TreTenb. [1eTist Mexxay 2 U 3 KOJIOHHaMH MPUHUMAeT ydactue B Gop-
MHPOBAaHUH LIEHTpa CBA3bIBaHWS HOHOB. Ha merie Mexnay 4 W 5 KOJOHHAMH
JOoKaM30BaHbI HeHTp cBsa3biBaHuI AT® u yuactok ¢pochoprummposanus (P). K
C-koH1y B-cyOBbeIUHHIIBI TPUCOSANHEHBI TITUKO3MIBHBIE PAJUKAIIBL. 3BE300U-
KaMH OTMEYEHBI BEpOSITHBIE YYACTKH CBSA3BIBAHUS CIIEHU(PHIECKOTO HHTHUOH-
topa Na/K-AT®a3s! - yabauHa.

OyHKIMOHANBHAS eUHKUIIA (DEPMEHTa COCTOUT M3 JIBYX IOJIUIICT-
TUIHBIX LeTei: Oonbiiel (0-cyObeAMHULIBI) U MeHbIeH (B-cyObeauHn-
IIbI), BXOJSIMIMX B COCTaB ()EPMEHTHOTO KOMIUIEKCA B COOTHOIIEHUH
1:1. Menbiass cyObequHHUIA IMepecekaeT MeMOpaHy TOJIBKO OJWH
pas, B TO BpeMs Kak Ooublllas — MHOTO pa3, 00pa3ys 5 JBOWHBIX me-
TEeNb, TpPH JTOM o00a KOHIA NENTHAHOW IIeMH OoOparieHbl B
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UTOIUIa3My. AKTUBHBINA HEHTP (epMeHTa Takke OOpalieH B IUTOIJIa3-
My ¥ JOCTYTIEeH JuIs nuToriazMatudeckoro AT®. IleHTps!l cBA3bIBaHUS
MIEPEHOCUMBIX HOHOB JIOKAJIN30BaHBbI B TIETIIE MEKIY BTOPOH U TpeTheil
CIUPATSIMH, TPOHU3BIBAIOIIUMHI MEMOpaHy.

Takum 00pa3oMm, o-CyObeANHHUIIAa MOKET BBIOJIHATH (PYHKIHIO Ha-
coca He3aBUCUMO OT B-cyobeaunuipl. OqHako oba monunenTuaa oopa-
3yI0T KOMIAKTHYIO IJ100YyJly, HaCKBO3b IIPOHM3BIBAIOIIYI0O MeMOpaHy.
Ta gacTp B-cyObeauHHIBI, KOTOpas oOpalieHa BO BHEKIETOUHYIO Cpe-
Iy, HeceT Ha ceOe KOBaJEHTHO NPHUCOEIWHEHHBIE YTIIEBOJHBIE (ppar-
MEHTHI.

[To Macce v HaMMYUIO YTIEBOJOB 3TOT MOJUIIENTH]I MOKHO OTHECTH
K JIEKTHHAM — MEMOpaHHBIM TJIMKOTPOTEMHAM, KOTOphIE OTBEYAIOT 3a
MEKKJIETOYHOE y3HaBaHUE U aare3uo. B mpouecce 6€IKOBOro cuHTE3a
00e cyObennHUIBI BCTPaWBalOTCs B MeMOpaHy omHoBpeMeHHO. Cyie-
CTBYIOT JaHHBIE, COTJIACHO KOTOpPBIM [-cyObenuHMIA oOecreurnBaeT
NPaBWIBHYIO OPUEHTALMIO O-CyOBEIUHUIBI B MEMOpaHe.

Tanpommzys AT®, uToOBI 00ecnednTs YHEpTHeH aKTUBHBIA TpaHC-
mopt noHOB, Na/K-AT®da3za ocymecTBiIseT CIOKHYIO MHOTOCTaIHIA-
HYIO peakliio, B KOTOPOH y4acTBYIOT MOHBI HATpUs, Kalusd U Maruus, a
takke ATOD. OepmeHT uMeeT JTabMIBFHYI0 CTPYKTYpy. OH Jerko n3me-
HSET CBOIO KOH(OpMaIruio (Tak HA3bIBAIOT B3aMMHOE PACIIOIOKEHHUE U
YIaKOBKY OTAEIBHBIX YacTeld MOJIEKYJbl OelKa B MPOCTPAHCTBE, CM.
BBIIIIE) B 3aBUCUMOCTH OT TOT'0, KAKOH MOH K HEMY NPHCOECTUHSACTCS.

V3ke B paHHHMX HCCIECIOBAaHUIX ObUIO ITOKA3aHO, YTO B IPUCYTCTBUM Ha-
Tpusi epMeHT Jierko B3anmonencTsyer ¢ AT®, B pe3ysbTare 4ero TepMu-
HanbHBIH ocdar ATD nepeHocuTcst Ha KapOOKCHI acTiapariHOBOM KUCIIO-
TBI OenkoBoi 1ienH, obpasys ¢ochopmwmpoBanssiii Gepment (E-P, rme E
o0o3HavaeT MoJieKyny Oenmka-pepMenta, a P — docdopribHbIil 0CTaTOK).
DochodepMeHT sABIsIETCS TPOMEKYTOUHBIM TpoaykToM ATdasHoii peak-
i, OH MOXKET HaXOOWUTHCS B IBYX KOH(OPMALOHHBIX COCTOSIHHSX, YC-
noBHO o0o3Ha4yaeMbIx Kak E; u E,. Ilepas ¢ropma oOnasaeT moBBIIEHHBIM
CpOJICTBOM K MOHAM HaTpus, a BTopas — K HoHaM Kanmusl. [lepexon Mexmay
HMMH COTIPOBOXKIAETCS M3MEHEHHEM CPOJCTBA OEJIKOBOW MOJEKYJIBI K Tie-
pEeHOCUMBIM KaTroHaM. B Hacrtosmiee Bpemst mukin Na/K-ATda3er oxapak-
Tepr30BaH Oosee moApoOHO. OCHOBHBIE CTaAWH MOXHO OIMCATh CIIEIYIO-
M o6pazom (puc. 50).
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Puc. 50. PeakiinoHHbBIH 1IMKIT Na/K-ATdaszer

Kornma depmenT Haxomutcst B coctosHuM E;, 0H criocoOeH B3anmo-
JIeicTBOBaTh ¢ MOHaMH Hatpusi U AT® c BHYTpEeHHEW CTOPOHBI MEM-
Opanbl. B pesynbrare dhochopunupoBanusi MOJEKyJIbl obpasyercs E (P,
a AJI® BpICBOOOKAaeTCS M3 aKTHBHOTO IIEHTPA U BO3BPAIIAETCS B IU-
TOTLIIA3MY .

DochopurpoBaHHBIN OEIIOK MEPEXOIUT B COCTOSHHE, TPU KOTO-
POM HOHBI HATPHUS HE CIIOCOOHBI BRICBOOOXKAATHCS HU 110 BHYTPEHHIOIO,
HU TI0 BHEIITHIOIO CTOPOHBI MEMOpaHbl — OHU HEJIOCTYIIHEI Jijisi 0OMeHa,
OKKJTIOIPOBAHBI.

[Tepexon pepmenTa B clieqyIOUIYIO CTaUI0 aKTUBUPYETCS HOHA-
MH MarHus. XOTsl CHEUHAIbHBIX IEHTPOB CBA3BIBAaHWUS MarHus Ha
MoJeKylie ¢epMeHTa He 00HapyXeHO, ero d3(pPeKT 0o4eHb BaXKEH —
OH 3aKJIOYaeTcsd B yCKOpeHHWH mepexona ¢(ochoprIumpoBaHHOTO
¢depmenrta u3 konpopmanuu E; B koHpopmaruw E,. Ora cragus
OTpa)kaeT MOJIEKYJISIpHbIE MEepeMeNIeHns] OTIEIbHBIX JacTel Oei-
KOBOW TJ00yJbl, CBSI3aHHBIE C HEMOCPEJCTBEHHBIM IEPEHOCOM
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WOHOB HaTpus depe3 MemOpaHy. Takum oOpa3zom, 3TOT mpoiiecc
OCYIIECTBJISIETCS CHHXPOHHO € KOH()OPMAaIMOHHBIM MEPEX0J0M
E, — E,. BcaeacTBue 3TOTO OKpY’KEHHE LIEHTPA CBSI3bIBAHHS HOHOB
cTaHoBUTCS Oosee TUAPOPOOHBIM, U HOHBI HATPHUS AUCCOLHUPYIOT
oT epMeHTa MO APYTYIO CTOPOHY MEMOpaHBbI, A€ C ITUM K€ [[EH-
TPOM CBA3BIBAIOTCS MOHBI Kanus. Kanuii moaBepraercs Takoil xe
OKKJIFO3WH, YTO U HATPHH, U B XOJI€ DTOTO MPOIecca OCYIEeCTBIA-
eTcsl IepeH0C HOHOB Kalus uepe3 MeMOpaHy.

Kondopmannonnas nepectpoiika, mpereprneBaeMas 0SIKOM MpH
nepexone E; — E,, obecrednBaeT mepecTporKy HOHHBIX IIEHTPOB U
nocjeayIonee nepeMeneHne NeTiau, CoaepKallieil HeHTp CBA3bIBa-
HUS MOHOB, BHYTPh MEMOpaHbl. DTO MPUBOAUT K U3MEHEHHUIO CPOJI-
CTBa K NEPECHOCHMMBIM HOHAM W OJHOBPEMEHHO JeNacT HOHHBIN
[EHTP JNOCTYIHBIM /ISl BHEIIHEH WU BHYTPEHHEN Cpebl.

Kommnexc E,P ornuuaercss oT cBOero mpealiecCTBEHHUKA TEM,
9TO OKpYyKeHue GocdaTHON IpyNIUPOBKH CTAHOBUTCS Oosee T'HA-
poduabHEIM B (pochaT OKa3bIBACTCS MOCTYHHBIM I aTaKW MOJIe-
KyJoi Boasl. [Ipoucxonar Bogueiii ruaponu3 E-P (aedochopunu-
poBanue ¢ochodepmenTa) U BHICBOOOKACHHE HEOPTraHUUECKOTO
¢dochara Bo BHYyTpUKIETOUHYIO cpeny. llocie 3Toro WoHBI Kamus
TaKXe JHUCCOIMMUPYIOT OT IIEHTpa CBA3BIBAHMS, BHICBOOOXKIASCH B
nuromiaasmy. IlocnegHss craaus HUKJIa OAHOBPEMEHHO MOJATOTaB-
nuBaeT (epMeHT AJ Hauyaja HOBOTO Lukia — koHpopmep E, mpe-
BpammaeTcs B koHpopmep E|, BHOBb mMproOpeTaAONINNA CTTOCOOHOCTH
B3aMMOJIEVICTBOBATh C MOHAMH HATPHUA. DTOT MPOIECC yCKOpAETCS
AT®, moBpIIAIOIINM CPOACTBO (epMEHTA K HATPHIO U MOHMKAIO-
IIUM €T0 CPOJACTBO K KaJHIO.

Takum oOpa3oM, 3a TOJTHBINA THAPOTUTHUECKUN ITUKI MPOUCXOMIST
BBIOPOC M3 KJIETKH TPEX HOHOB HATPHUs, 00OTALICHUE IIUTOIIa3MbI JIBY-
Mf MOHAMU Kalus U ruaponu3 ogHoi monekynsl AT®. Tak mpoucxo-
IUT aKTUBHBIA TPAHCTIOPT MOHOB HATPUA M3 KIETKU U KaJHs B KIETKY,
a sHeprus AT® Tparutcst Ha omnaTty mepexoia (epMeHTa M3 OJHOM
koH(opManuu B Apyryro. Takum oOpa3oM, B xoJe (epMEHTATHBHOTO
Mporecca NepeHoC MOHOB HATPUS M KajJws OCYIIECTBISIETCS OTHUM M
TEM k€ MOHHBIM HEHTPOM (hepMeHTa, MOCIIe0BATENFHO H3MEHSIOIINM
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CBOE€ CPOJICTBO K MEPEHOCHMBIM MOHAM TPU U3MEHEHHUH KOH(pOpMAaIIH
Na/K-ATdazkbl.

HouHHble neHTpH! (epMEeHTa PACIOIO0KEHBI B MEeTIe MEXAY 2 U 3
O-CIIMpAJbHBIMHA y4YacTKaMH (pepMeHTa, mepecekaromumMu MmeMmOpa-
Hy. B3aummopgeiicTBHe MOHOB C 3TUMHU LIEHTPAMH 00ECTIEUMBAETCS
Onaromapst KOOPAWHALMOHHBIM CBS3SIM C aTOMaMU KUCJIOPOAa, IPH-
HaJJIeKaIUMU AUKapOOHOBBIM aMHUHOKHCIOTaM OelKka — acraparu-
HOBOW M TIyTaMHHOBOH. B 00pa3oBaHWM KOOpPAWHAIIMOHHBIX CBS-
3eil ¢ MOHAMM JOJKHBI IPUHUMATh ydacTue 12 aTOMOB KHCIOpPOJa
KapOOKCUIBHBIX TPYII AUKAPOOHOBBIX aMHHOKHCIOT Oenka. Tod-
Has ymakoBKa 3TOW NMETIM HE yCTAaHOBJIEHA, OJHAKO B €€ COCTaB
BXOAAT 15 nukapOOHOBBIX aMHHOKHUCIIOT, TaK YTO BBIOOD TPy AJIS
00pa3oBaHUs LIEHTPa CBI3BIBAHMS MOHOB BIIOJIHE IOCTATOYECH.

Kucnopon cnocobeH ocymecTBsITh KOOPANHALMOHHBIE B3aUMOAEH-
CTBHA C JIMTaHAaMH, 00pa3ys pemeTKy OJHOrO M3 JIBYX THUNOB. B on-
HOM CIIydae TOJIy4aeTcs pbIXjias W AOCTyIHAas IS MOJEKYJ BOJIBI
CTPYKTYPa, a B APYTOM aTOMBI YIIAKOBaHbI 00Jiee INIOTHO U HE JOCTYII-
HBl JUIA THAPOQWIBHBIX TPYNIHUPOBOK. B TepBoM ciyyae WOHHBII
LIEHTP MOXKET CBSI3aTh TPU MOHA HATpHs, a BO BTOPOM — J[Ba MOHA Ka-
L. OTUM U 00BACHSETCS TOT (paKT, YTO MpU THAPOJIN3E OAHOW MoJIe-
Kyiel AT® ¢pepmenT 0OMEHHBAET TpY MOHA HATPHUA HA [BA MOHA KaJHs
(puc. 51).

OnenuBas pasmepsl 0enkoBbix rnodyn Na/K-ATda3el Ha 3iek-
TPOHHO-MUKPOCKOTIMYECKNX (oTorpadusix, ucciaeaoBaTean oOHapy-
KHWIHA, 9TO pa3Mepsl (epMeHTa MPEBBIMIAIOT MOJEKYJISPHYIO Maccy
MPOTOMEpPA, PACCUUTAHHYIO U3 €r0 MEPBUYHON CTPYKTYpBl. DTO Mpo-
THBOpEYHE MOKHO OBUIO OOBSCHUTH TaKUM 00pa3oM, U4TO OTIENIbHBIE
¢byHKUMOHANBHBIE eOUHUIBI (pepMeHTa B MeMmOpaHe (TIPOTOMEpHI)
«CTLIBIBAIOTCS», 00pa3ys Ooyiee KpyINHbIe aHCAaMOIM M3 HECKOIBKHX
MOJIEKYJI, Ha3bIBaeMble ojaucomepamu. Eciu OOMyCTHTH B IMEPBOM
MpUOIMKEHUH, YTO Kaxkaas pyHkunoHanbpHas ennanna Na/K-ATda-
3Bl MPEACTaBIsIET cOOOI MPOHU3BIBAIOIINN MeMOpaHy LHIUHIApP, TO
3JIEKTPOHHO-MHUKPOCKOIIUYECKHE DPa3Mephl OENKOBBIX TI00YJ COOT-
BETCTBYIOT TOMY, YTO B COCTaB OEJIKOBOI'O OJINTOMEPA BXOAAT YETHIPE
Takux IUIUHApa — (o + B)-ipoTomMepa.
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Puc. 51. Ca3bpIBaHNE HOHOB
HATPUS U KaJIUsI B AOHHBIX
LEeHTpax (epMeHTa

a — KpUCTAIIIMYECKas PEIeTKa,
co3maBaemMas 12 KHCIOPOIHBI-
MH aTOMaMH JUKapOOHOBBIX
aMHHOKHCIIOT B KOH(OpMAIIH,
COOTBETCTBYIOILIEH CBSI3BIBA-
Huto Tpex noHoB Harpus (E;)
wm 1Byx noHos kanus (E,); 6 —
neTist MeXIy 2 U 3 KOJIOHHaMH
MENTHIHON [enH 0-CyObeanHH-
Ibl, Y9acTBYIOIast B (pOpMHUPO-
BAaHWW MOHHOTO LIEHTpa (TOYKa-
MH yKa3aHa JIOKaau3anusl IH-
KapOOHOBBIX ~ aMHHOKHCIIOT).
Brsuranme metnm mexny 2 u 3
KOJIOHHAMH TIpH KOH(pOpMAaIH-
OHHOM mepexoje (epmeHra
obecrieunBaeT M3MEHEHHE J10C-
TYITHOCTH JUIi MOHOB HOHHOTO
LIEHTpa C HApPY>XKHOW WIIM BHYT-
PEHHEH CTOPOHBI MEMOpaHEI.

ComnocTaBiieHre CKOPOCTEH peakllny, KaTaIN3upyeMoil (hepMEHTOM,
paboTaromuM B BHIE OJIUTroMepHOro ancamoOns (tpu rugponnze ATD)
WIH B BUJIC HE3aBHCHUMBIX MPOTOMEPORB (IIPH TUIPOJIU3E APYTUX CyO-
ctparoB, Hampumep, [ TD), nokaseiBaeT, yT0, 00BEIUHSASACH B aHCAMO-
JIM, MOJEKYJBI epMeHTa TEMOHCTPUPYIOT OOJBIIYI0 CKOPOCTh (PyHK-
OUOHMpOBaHUs. B 3ToM 1 3akimovaercst Onojgornyeckoe 3HaueHUE OJTH-
TOMEpPHOU CTpYKTYyphl hepmenTa. HTEpecHO, yTO onuromeps! oOpasy-
I0TCS JIMIIB B CiIyyae ucnosib3oBanus AT®. DTo nmokas3bIBaeT, YTO KPo-
M€ pOJIu UCTOYHUKA 3HEPTUU AT®D MOKET BBINOIHATH B KJIETKE JOMOJI-
HUTENBHYIO PETYIHPYIOIIYIO POJIb, KOTOPas 3aKII0YaeTCI B CHHXPOHU-
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3amuu paboTHl OTIENBHBIX TIpoToMepoB Na/K-AT®da3sl B BHIIE OJIUTO-
MEPHOT'0 aHCaMOJIs.

AxtuBHOCTh Na/K-AT®a3bl B KIIeTKe peryiupyercss MHOTUMH (ak-
Topamu. Ha mepBoMm mecte ctost cooTHomieHue Na/K u mocTymHOCTH
AT® — 310 (pakTOpBI TaK Ha3bIBAEMON KPAaTKOCPOUHOW PEeryJsiud aK-
tuBHOCTU. Conepkanue AT® B kieTke, Kak MPaBUiIO, MAJIO U3MEHSICT-
Csl B HOPMAJBHBIX YCJIOBHAX, XOTS MOXKET PE3KO CHIDKAThCS MPH HaTo-
JIOTUYECKUX HapylleHusx. B Takom cmywae cHuxenue ypoBHs ATO
OyneT KpUTHYECKUM JUIs TOAJEp)KaHUs JOCTaTOYHOM aKTHUBHOCTH
Na/K-nacoca. CootHomenne Na/K B kireTkax 3aBUCHT OT MHOTHX (hak-
TOpPOB U, B CBOIO OUEPE/Ib, ABISIETCA (DAaKTOPOM, peryIupyromuM pyHK-
nuonupoBanue Na/K-Hacoca.

B knetke Na/K-AT®a3a nonsepraercs pochopuinpoBaHuIo ps-
JIOM TIPOTEeWHKUHA3 ((PEPMEHTOB, KOTOPHIE MEPEHOCSIT TEPMUHAIb-
HbIl (pochar ATD Ha OEAKU-MUIICHU U TEM CaMbIM MOJUQDUIUPY-
I0T UX aKTHBHOCTB). Y CTaHOBJIEHO, 4YTO B Mojekylie Na/K-AT®da3sl
MPOTENHKUHA3BI MOTYT (OoCHOpUINPOBATE OCTATKH MPEeOHUHA WU
cepuna. Iti HOChHOPUIHPYIOMHUECT YIACTKHA PACIIONOKEHBI BHE aK-
TUBHOTO IIeHTpa; (yHKUHOHAJbHOE 3HAaYEHWE HAHHOTO SBIEHUS
OKOHYAaTeNbHO He ycTaHoBieHO. [lokazaHo, uTo dochopunupona-
Hue Na/K-ATda3sl npoTenHKHMHA3aMU YMEHBIIIAET €€ aKTUBHOCTb.
Bo3MoXxHO, 4TO MeXaHW3M MOAAaBIECHHUS AKTUBHOCTH BBI3BIBAETCS
CTEPUYECKUM NPENIATCTBOBAaHUEM (OCPOPUIUPOBAHHOTO MPOTOME-
pa oOpa3oBaTh OJMTOMEpPHBIH aHcamM0ab. TakuM oOpa3zom, 3TOT
MpUMEp MOXKHO CUMUTATh MILIIOCTPAMEH NOJITOCPOYHON PEerysiuu
AKTUBHOCTH. BocCTaHOBHUTH CBOIO aKTHMBHOCTH IOCJIE€ aTakH MpOTe-
naknHa3 Na/K-AT®daza MOXET mpu MOMOIIN JIPYTHX PETYIISATOP-
HBIX ¢epMeHTOB — (hocdaTas, KoTopele obecrneunBaroT nedochopu-
nupoBaHue 6enkoB. K mMoArocpouHbIM MexaHHW3MaM MOKHO OTHe-
CTU ¥ TOPMOHaJIBbHYIO perynsnuio cuaTe3a Na/K-ATdasel, ocyie-
CTBIISIIOIIYIOCS Ha YpOBHE TE€HETHYECKOTo ammaparta (Hampumep,
aKTHBALMIO CHHTE3a (pepMeHTa TOPMOHOM, PEryJUPYIOUINM MHHE-
panbHBIA 00OMEH, — A1bOOCEPOHOM).

HHTepecHyro mpobnemy npenctariser uarunOupoanne Na/K-AT-
®a3pl cepama yabauHomM W APYTUMH CEPACYHBIMH TIHKO3UIAMH.
MexaHu3M paeicTBUsA yabawmHa M POJICTBEHHBIX €MY aJlKaJOHUJ0B
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PACTUTEIBHOTO MPOUCXOXK/CHUS HA OPTaHM3M 4YelOBEKa U JKHBOT-
HBIX OBUI J0JTOE BpeMs HESCHBIM, XOTS UX JJIMTEIbHOE NMpPUMEHE-
HUE B MEIULMHE B KadeCTBE KapAHMOTOHHYECKHX IIpernapaToB
OTIPaBIbIBATIO MPUCBOCHHE MM HAa3BaHUSl CEPACYHBIX TIHUKO3UIOB.
N3zopopma Na/K-ATda3el, oOHapyxuBaeMas B KJIETKax Cepila,
ropasgo Oonee yyBCTBUTEIbHA K yabauHy, 4eM, HalpuMep, H30-
¢dopma epmeHTa, OOHapyKHBaemas B modeyHoU TkaHU. [Ipuunabl
pa3auYui cpoacTBa K yabauHy pa3HbIX n3odopm dpepmMeHTa Kpoet-
Cs B IEPBUYHON CTPYKTYype — TOUCUHBIE 3aMEHBI JeiatoT ol-cyon-
€IMHUILy PE3UCTEHTHON, a 02 U 03 — YyBCTBUTEIbHBIMU K HEMY.
bnaromapst sToMy TKaHH, cojaepXKamue yaOawmH-4YyBCTBUTEIBHBIC
¢dopmbl pepmenTa (cepaedHas MBIIILA, MO3T) MPUOOPETAIOT CIIO-
COOHOCTBH pearupoBaTh Kak Ha SK30T€HHBIE, TaK M Ha YHIOTCHHbBIE
TIUKO3HUABI, H30WpATENbHO IIOHIKAIONIHE HACOCHBIE (QYHKIHH
KJIETOK.

Bronoruueckoe 3HaueHne HaMU4YHUA yaOauH-4yBCTBUTEIBHBIX (OpPM
Na-nacoca pasHooOpa3Ho. OgHa u3 hopM ydacTust 3Toro hepMeHra B
nepeiaye BHYTPUKJICTOYHBIX CHTHAJIOB OyJIeT paccMOTpeHa HIDKE.
3neck MBI 00paTUM BHUMaHHE HA TO OOCTOSTENBCTBO, UYTO, KaK MpaBH-
10, yabanH-ayBcTBUTENbHast AT®daza skcripeccupyercst B TeX ke KIeT-
Kax, B KoTopbix umeercs Na/Ca-oOMeHHHMK. YacTHUHOE WHTHOMpPOBA-
Hue Na-Hacoca MPHUBOAUT K POCTY BHYTPHKIIETOUHOTO YPOBHS HATPHSA
Y TI03BOJISIET BOCCTAHOBUThH YPOBEHb BHYTPUKIETOYHOTO KAJIBLHS C T10-
MOIIBI0 ATOTO MeXaHW3Ma. BoT mouemy mprMeHeHue yabauH-TI0J00-
HBIX JIEKAPCTBEHHBIX TPENapaToB (HapuMep, SKCTPAKTa HAIIEPCTSHKH )
yCTpaHseT CepAeUHYIO HEIOCTATOUHOCTb.

6.4.2. H -AT®aza

H'-AT®a3a uCronb3yeT SHEPruio, 0CBOGOXKAIOIIYIOCS TIPH TUAPOIH-
3¢ AT® m7s TOro, 4ToOBI HEPEHOCUTD Yepe3 KICTOUHYIO MEMOpaHy HOHEI
Boopona. Ocobast poms H'-AT®a3sl y pacTeHHmii 3aKTI0OYAETCS B TOM,
YTO, BBIKaYMBasl IPOTOHBI U3 KJIETKU HApy)Ky, OHA HE TOIBKO MOINEPIKU-
BaeT pH nuromnasmel OMU3KHN K HEUTpAIBHOMY (YTO OYEHB BAXKHO IJIS
MIPOTEKaHNsI MHOTHX (PepMEHTAaTHBHBIX TIPOLIECCOB), HO M CO3/IaeT Ha MEM-
OpaHe pPa3HOCTH IMOTEHIMAJIOB, BO MHOTOM OIPEAEISA JIIEKTPHUECKUE
cBoifcTBa BHICIIUX pacTeHuit. B otamume ot sToro H'-AT®asa nuszocom
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YKUBOTHBIX U BaKyOJIH pacTEHUM
BBIKQUMBACT IMPOTOHLI U3 UTO-
TUIA3Mbl, HO HE HApYXKy, a B 3TH
KOMITAPTMEHTHI KJICTKU.
H"-AT®a3a — 310 uHTe-
TrpanbHBI OENOK, IMOJIHIEI-
THJIHAs Ielb KOTOPOTro Tak
ke, kak u Na/K-ATda3a,
JIeCsATh pa3 IMepeceKaeT Io-
BEPXHOCTHYIO (Iia3Marhye-
CKyI0) MeMmOpany. Moieky-
JsipHasi Macca OJHOW cyObe-

JUHHITBI dbepmenTa —
104 xJI. Ilomararor, 4TO B
MeMOpaHne H'-ATdaza

GyHKOUOHUpYET B  BHUIE
OJINTOMEpPa H COCTOUT U3
IByX cyOweamuun. B mone-
kyine H'-AT®a3bl pazinua-
I0T HECKOJIbKO JOMEHOB, H3
KOTOPBIX OCHOBHBIE — O3TO
IoMeH, cBi3bIBaomui AT
YETHIPbMSI MECTaMHU CBS3HI-

Puc. 52. Pons H'-AT®a3s1 Bo
BTOPUYHO aKTHBHOM TPAHCIIOPTE

H'-ATdasza cosmaer Ha MeMOpaHe
rpagueHtsl.  CHCTEMBI  BTOPUYHO
aKTHBHOTO TPAHCIOPTa HCIIOJB3YIOT
UX U1 TepeHoca BHYTPb KIETKU
MPOTOHA W BEIIECTB (CHMITOPT) FWITH
NPOTOHA BHYTPh W BELICCTB HAPYXKY
(arTHIOPT).

BaHWs, W JOMEH, MMEIONHI OTHONIEHHE K IMEPEeHOCy MPOTOHa
(BKJIIOUAKOMUK TPOTOHHBIN Kkananm). McTurHEBIM cy6cTpatom H'-
AT®da3ssl, kak u a1g Na/K-AT®daswl, asnsercsa He cama ATD, a ee
xominekc ¢ MaraueM (Mg-AT®). B npouecce pa6otsl H -AT®da-
3a moaBepraercs dhochopunupoBanuio — 1ehochOopUIUPOBAHUIO U
00paTUMO MEHSET CBOIO KOH(OPMAIIHIO:

BuyTpn

It

E,+AT®—=H"-E, ~P+A1O—=H"- E,—P—E, + P,

L

CHapvAN
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[Ipu atom ona nepexoaut u3 Gopmsl E; B popmy E,. B dopme E;
OHa CBSI3BIBACT MPOTOH Ha BHYTPEHHEH CTOpOHE MeMOpaHbI, a B hopme
E, 0cBOGOX/IaeT €ro Ha Hapy»HOMH cTopoHe. Ha 1 MKkM® moBepXHOCTH
Mem6pans! puxoautes 10° monexyn H'-AT®ase1. Kaxnas Monekyna
paboraet co ckopoctbto oT 20 10 100 060pOTOB B CeKyHIY M MEpeHO-
cut ot 10° 10 10° mpoToHOB B cexynay Ha 1 Mxm’. Kak mpasuiio, oTHO-
LIEHUE KOJIMYEeCTBA IEPEHECCHHBIX IPOTOHOB K KOJMYECTBY T'MIPOJIH-
30BaHHBIX MOJeKysl AT® pasHo 1.

C ¢ynximonuposanueM H'-AT®da3bl B pacTUTENBHOM KIETKE CB-
3aHa paboTa BTOPUYHBIX CHCTEM AaKTHBHOTO TpaHcmopTa (puc. 52).
H'-ATda3a nyTeM reHepanyy 31eKTPHUIECKOr0 ¥ KOHIEHTPAIMOHHOTO
TpajueHToB O0OeCTeunBaeT dHEPrueil padoTy caMbIX Pa3HOOOpa3HBIX
CHCTEM BTOPUYHOTO aKTHBHOT'O TPAHCIIOPTA, HAXOIAIIUXCSA B KIETOY-
HOW W BaKyOJISIPHOM MeMOpaHax.

6.4.3. Ca-ATDaszsbi

Kanbuuersie AT®a3bl, BXOAAIIME B COCTAB LUTOIIA3MATUYECKUX
WIM BHYTPUKJIIETOYHBIX MeMOpaH, pa3INdaloTcs O Py CBOWCTB. Bee
OHHU TPEICTABIAIOT cO00 MOHOMEpHBIE OEJKH, TO €CTh COCTOAT U3
€MHCTBEHHO! TTONUIENTHIHOW IIETIH, XOTS HECKOJIBKO Pa3IHyaroTCs
o MonekyssipHoit macce. Tak, Ca-AT®daza capkonaazMaTHIECKOTO pe-
TUKyJIyMa uMeeT MoJieKysapHyto Maccy 108 x/l, a Ca-AT®a3a ruiazma-
tHaeckod MemOpansl — 120 x/I. X0Ts OHM MMEIOT ONpEeAETIEeHHYIO To-
MOJIOTHIO B CTPYKType M 0e3yCIOBHO ONM3KH IO (HyHKIIMOHATHHBIM
CBOMCTBaM, MHTEPECHO OTMETUTH, YTO OHHM OOPa3yIOTCS MPHU YIaCTHH
pasIMYHBIX TeHOB. M B Kak7oM ciydae B 00pa3oBaHUE MOJIEKYJbI Ha-
coca BOBJIEKAETCSI HECKOJIBKO TE€HOB.

Jlyame Bcero uzyuena Ca-ATdaza capkomia3MaTHIecKOro peTuKy-
JyMa TOTMEPEYHOINONI0caThIX MBI, B o0mux geprax pacmudpoBaHa
nociIe0BaTeNbHOCTh cTaauii pu padbore Ca-AT®da3w (puc. 53).

Pabora Hacoca 3amedaTenapHa T€M, 4TO cTaguu ruaponn3a ATD
uepeayloTCsa co CTaauaMu nepeHoca Ca’’: cBs3pIBaHHE IBYX HOHOB
kanbus Ha moBepxHocTu ATda3zpl, oOpalieHHOW B LHUTOILIA3MY;
CBSI3BIBAaHWE Ha TOW ke MOBEepXHOCTH Monekylbl AT®; dochopu-
nuposaHue O0enka (oopazoBanue EP) u BeicBoOox)aerue AJID; BBI-
CBOOOXJICHUE UOHOB Kalblus ¢ moBepxHocTH AT®da3bl, npoucxons-
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mee BO BHYTpPeHHIO0 nostocTs CP; runponus ¢pochatHoil cBs3n; me-
pexonl MONeKybl (epMEeHTa B HCXOAHOE COCTOSIHHE (LEHTPHI CBA-
3BIBAHMS KalbIMS OKAa3bIBAIOTCS OMSATh HAa LUTOIUIa3MAaTHYECKOU
cropone CP).

Ca-ATdaza capkomiaasMaTHUYeCKOr0 pPETHUKYJIyMa CKEIEeTHBIX
MBI TpOHMU3BIBaeT MeMOpany (puc. 54). bonee xopoTkas merins
pacrmonoxeHa Mexay 2 u 3, Ooyee NIWHHAA — MeXAYy 4 U 5 a-cru-
pamsimu. JnuHHas netist coaepkutr AT@-cBA3BIBAIOIMI y4acTOK,
BKJIIOYAIOMINI OCTaTOK aclaparnHOBOM KHUCIOTHI, K KOTOPOMY IpH-
coenunserca docdar. CrsssiBanme HoHOoB Ca’’ HPOMCXOIUT Ha
ydacTke, 00pa3oBaHHOM MaJIoW metieidt (Mexay 2 u 3 o -crmpans-
MH), BO3MOXKHO, C y4acTHE€M aMHHOKHCIOTHBIX OCTaTKOB, MpHJIE-
xkamux K 1 u 4 cnupamsm. B mMectax cBs3bpIBaHHS cOOpaHO He-
CKOJIBKO OCTaTKOB acIllaparMHOBOM KHCIOTHI, HECYLIUX OTpPHULA-
TEJIbHBIE 3apsbl.

20Ca2t ATD
E %-E-Ca2 %—AT@E—C%
AJlD

MEMBPAHA @

E %@-ngg‘% (E~P)-Ca,
2+

2Mg- p;p HO 2Ca* 2Mg2t

Puc. 53. Hukn padoter Ca-AT®a3sr
1 — cBa3pIBaHME HOHOB  Kajgblmsa, 2 — cBsa3eiBaHbme ATO,
3 — obpazoBanue pochodepmenTa, 4 — OTIICIUICHIE HOHOB KAIBITH, 5 — THA-
pomm3 pochodepmenta, 6 — Bo3BpanieHne pepMeHTa B UICXOTHOE COCTOSHUE.
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b Mg-AT®
a2t O & (
®NE

AN
UL
\/R\V)

KM
Puc. 54. O6mas cxema crpoenus Ca - ATdazbr

MeM-
6mma

COOH

benas nuaus — nonunentuaHas nenb Ca-ATda3bl capkomiazMaTHIeckoro pe-
TUKYJIyMa, cepast — yuactku nenu Ca-ATda3sl urorazMaTuieckoir MeMopa-

LumuHApEl — O-CIUpaNIbHBIE YYacTKH, NPOHHU3BIBAIONIME MeMOpaHy,
NH, — N-kouen nomunentuanoi menu, COOH — C-koner. OBansl 0003Ha4a-
10T yuacTkH cBsi3biBanms: Ca”” — moHOB Kabims, Mg-AT® — Monekynst AT,
®JIb — pochonambana (y Ca-ATdDa3bl capKOIIa3MaTHUECKOTO PETHKYIyMa),
KM — kanemonynuHa (y Ca-AT®a3s! mia3mMaTudeckoil MeMOpansl), P — y4a-
CTOK (hocoprITpOBaHHS.

Ca-AT®aza mrazmarndecknx Memopad B orimuue ot ATdazer CP
COJIEPKUT JOMOJHUTEIbHYIO MOJUIENTUAHYIO METII0, IKCIIOHUPOBaH-
HYIO B IIMTOILIa3My U oOpasyemoii C-koHuoMm. Ha aTom nomene umeer-
Cs1 LIGHTP CBSI3BIBAHUS KATbMOOYAUHA — PETYIATOPHOTO OeJKa, KOTOPbIH
MOMHUMO JIpYTHX (QYHKIHHA perynupyeT akTuBHOCTh Ca-AT®dazpl mias-
MaTtudeckoii memOpanbl. benkom-perynsatopom Ca-AT®da3 sHmomnas-
MaTndeckux MeMmOpad (B wactHocTH, CP) sBisieTcst pocghonamban, xo-
TopsIii mpucoeaunsercs k Ca-AT®aze Henmoxaneky ot mecra dochopu-

142



JUPOBAHUS U TOPMO3HUT PadOTy (epMEeHTa 3a CUET YMEHBIICHUS CPOJI-
CTBa Y4aCTKOB CBsI3bIBaHMs K Ca’'.

CriennanpHble BHYTPUKIETOYHBIE PETYJIATOPHBIE CUCTEMBI KOHTPO-
JTUpYIOT cBA3b (hocdorambana c ATDazoii 3a cyet hochoprInpoBaHus
¢dochonambana cnennpuuecKUMH NMpoTenHKuHa3aMu. Dochopunupo-
BaHHBIN Qocdoramban He 00nagaeT CoCOOHOCTHIO cBA3bIBaThHCS ¢ Ca-
AT®azolf 1 cHWXATh €€ aKTUBHOCTh. TakmMm oOpa3om, Ca-Hacoc B
KJIETKE HAXOTUTCS 10T MHOYKECTBEHHBIM KOHTPOJIEM.

HecMoTpst Ha TpOTHBOMONIOKHOE NeiicTBUE, KaIbMOLYJIUH U (oc-
¢donamMbaH UMEIOT CXOXKYIO0 CTPYKTYpPY — CPaBHEHHE aMHHOKHCIOTHBIX
MOCTIEIOBATENFHOCTEH MOKAa3bIBAET, YTO MHOTHE YYACTKU MOJUTIEITHI-
HOM LIENH Y HUX COBIAJIAI0T.

O6pamtaer Ha ce0st BHUMaHHE, YTO Ul BCEX U3BECTHBIX TPAHCIIOPT-
Hbix AT®da3, nepeHocuMble UMM HWOHBI MOTYT pacCMaTpuUBaThCA Kak
cyoctpar Hapsagy ¢ Mg-AT®. [Ipu 3TOM HEepeHOCUMBINA MOH JIOJDKSH
paccMaTpuBaThCs C OJHOM CTOPOHBI MEMOpaHbI Kak cyOcTpaT, a ¢ Ipy-
TOW CTOPOHBI — KaK IPOAYKT TPaHCIOPTHOro mpouecca. OIHAKO Takue
MPEICTaBIIEHUs] TPEOYIOT NMPHUBICYCHUS KUHETHKH JIBYX-CyOCTpaTHBIX
peaxIuii 1 OKa3pIBAIOTCA CIMIIKOM CIOXHBI 711 aHAJIH3a.
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7. AKTUBHBIE ®OPMbI KUCJIOPOJA U COCTOSITHUE
OKUCJIUTEJIBHOI'O CTPECCA

AxtuBHBIE (popmbl Kucinopona (ADK), HakammmBaronmecs B Xoze
KJIETOYHOTO MeTaboiIn3Ma, UCTOPUUECKH MPUBLIKIN CUHUTATh BPEIHBI-
MU BEILECTBAMHU, MOCKOJBbKY HUX YpPE3MEpPHOE HAKOIUICHHE MPUBOAUT K
OKHUCIIUTENIFHOMY TOBPEKACHNIO KIETOYHBIX CTPYKTYp M THOemn Kiie-
ToK. Takum 00Opa3om, OBIJIO MOCTYJIMPOBAHO, YTO KaK B HOPME, TaK U
NpY MATOJIOTUYECKUX Ipolieccax HeoOX0IUMO HHTMOUPOBaTh HapaboT-
Ky A®K u camwxkate aktuBHOCTh I1OJI. TlpuMensemble A 3TOM Leau
pa3HooOpa3HbIe AHTHOKCUIAHTHI CTAIH YCHJIEHHO PEKOMEHIOBATh KIIH-
HunuctaMm. bonee Toro, coBpeMeHHBIE MPOM3BOAMTENEH pazHOOOpa3-
HBIX TUIIEBBIX JOOAaBOK OCOOCHHO IMOMYEPKHUBAIOT, YTO ITH JOOABKH
SIBIISIFOTCS] CHITHBIMU @HTHOKCHIAHTaMH.

HccnenoBanuss MocieAHUX JIET BBIIBWIIM Ba)KHOE PETYJISTOPHOE
yuactue AOK BoO MHOTUX (DU3HONOTUYECKHUX W OMOXUMHUYECKHX IPO-
[[eCcax — PEryJsIUA TOHYCa COCYIOB, KIIETOYHOW MPOH(epaIim, CHH-
Te3e MPOCTArJIaHAMHOB, B PETYJLIMH METa0OJUYECKHUX IPOIECCOB B
KayecTBe BHYTPHUKIETOUHBIX MECCEHJKEpPOB, a TakKke, KOHEYHO, U B
MUKpPOOUIIMIHOM JeiicTBun aronurtoB. HeymepeHHoe mpuMeHeHHe
aHTUOKCUIAHTOB, B TOM umciie ButamuHoB E, C, u B-kapotuna Oynmer
3aTPyIHATH BbINIOJHEHHE KieTOYHbIMU A®K BhIeyka3aHHbIX (yHK-
Ui,

7.1. CHCTEMbBI TEHEPAIIUU U YTH/TU3ALIHHU ADPK H
ITPOAYKTOB IOJI

B ocHOBe cOBpeMEHHBIX MPENCTaBICHUH 0 MEXaHU3ME TIEPEKUCHOTO
OKHWCJICHUS JIUTHIOB JISKUT BeIIBHHYTasA B 1887 r. rumore3a A.H. baxa
0 BO3MOXKHOCTH HEMOCPEACTBEHHOI'O MPUCOCIMHEHUS MOJICKYJISIPHOTO
KHCJIOpPOJa K OPraHMYECKUM MOJIEKYJIaM ¢ 00pa3oBaHUEM THIpOIepe-
kuceir. CyOcTpaToM OKUCICHHS B OMOIOTHYECKIX MEMOpaHax sIBIISIOT-
sl TIOJIMHEHACHIIICHBIC KUPHBIC KUCIOTHI, BXOASIIUE B cocTaB ¢ocdo-
JINIUIO0B.
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[Tepexucunoe oxucnenne munuaoB (I10JI) — cmoxHEIH Tporiece, mpo-
TEKAIOIIUI KaK B )KMBOTHBIX, TaK U B PACTUTEIbHBIX TKaHIX. OH BKIIO-
YaeT B ceOsl aKTHBAIIMIO U JAETPAJAIMIO JIMITUAHBIX PaHKalIOB, BCTPau-
BaHHE B JIUIU[GI TPEIBAPUTEILHOTO aKTHBHPOBAHHOTO MOJICKYJISPHO-
ro KHUCJIOpOJa, PEOPraHU3aLMI0 JBOMHBIX CBSI3€M B COMNpPSIKEHHBIX
JIBOMHBIX CBS3X W, KaK CJIEJCTBHE, NECTPYKIUIO MEMOpPaHHBIX JIHITH-
OB U caMHuX OmomeMOpaH. B pesymbprare pa3BuTHA CBOOOTHOpAIN-
KaJbHBIX peakiuil IepeKNCHOTO OKMCIICHUS JIMMUI0B obpa3yercs pas-
HOOOpa3HbIC MPOAYKTHI, B TOM YHUCIIC CIIUPTHI, KETOHBI, aJbJICIH/bI U
3(UpHI.

[lepexncHoe okucneHne MeMOpaHHBIX (HOChOTUITHUIOB SBISIETCS O~
HUM U3 HauOoJee pacHpOCTPAHCHHBIX MEXaHH3MOB JICCTPYKIIUU MEM-
OpaHHBIX CTPYKTYp, OHO PETHCTPHPYETCS MPHU Pa3BUTHH IIEIOTO psja
MATOJIOTHYECKUX COCTOSHUHN. Tem He MeHee, 3TH MPOIeCcChl MPOTEKAI0T
U B HOPMAJILHOM KJIETKE M PETYJUPYIOTCS LENBIM PoM (EPMEHTOB:
HAJI®(H)-3aBuCUMBIME MUKPOCOMAIBbHBIMUA OKCUT'€HA3aMU, IIUKIOOK-
CUTEHAa3aMHU U JIMIIOKCUTeHa3aMU. [IpOmyKThI MEPEeKNCHOTO OKUCIICHHS
JUMHIOB — MPEANIECTBEHHUKN CHHTE3a MPOCTarJIaHANHOB, TPOMOOKCa-
HOB, MTPOCTAIIMKIINHA, JICHKOTPUCHOB U JIMTIOKCHHOB.

CxeMaTH4ecKH HpOIecC MEePEeKUCHOTO OKUCICHHUS JUIHIOB MOYXHO
MPEICTaBUTD CIEAYIONINM 00pa3oM. ATaka MOJIEKYJISIPHOTO KHCIOpPOoaa
MPUBOAUT K OOPa30BaHHUIO MEPEKUCHOTO pPaJUKaia, KOTOPBIM MOXKET
B3aMMO/ICHICTBOBATH C IPYTOW MOJICKYJIOH JHUIH/A, pa3pylIaeT ee ¢ 00-
pa3oBaHMEM HOBOTO JUMHIHOTO pagukana. OTHUM U3 TPOIYKTOB 3TON
peaKuu SBJISETCS THAPONECPEKUCH JIUMHA — CPABHUTEIBHO YCTONIH-
Boe coeanHeHue. Kpome 3Toro u3 mepekucHoro paamukaia MOXeT o0pa-
30BBIBATHCS SHAONEPEKUCHBIA paJrKall JUIMH/A, paciax KOTOPOro IpH-
BOJUT K (POPMHUPOBAHUIO Ps/ia TMPOIYKTOB, B TOM UYHCJIE MaJOHOBOTO
JUaNbIeTuaa.

[NonmuHeHaCkIIIEHHBIE KUPHBIE KACIOTHI KaK B CBOOOTHOM BHJIE, TaK
M B COCTaBe JIUMHJIOB MOTYT IPETEPIEeBaTh CIIOHTAHHOE MEPEKHCHOE
OKHCJICHUE B JIMMHUJIHBIX TUICHKAX W B UCTHUHHBIX PacTBOpPax, FOMOTCH-
HBIX CHCTEMaXx, U JIa)Ke B BOJHBIX CpelaX, B KOTOPBIX JHITHAIBI 00pasy-
10T JIMIIOCOMBI U MOHOCIIOH, TO €CTh B CHCTEMax C pa3IHYHBIMHU (a3a-
MHU. CKOpOCTh JUMONEPEOKUCIICHUSI 3aBUCHT OT IMPHPOIBI CyOcTpaTa
(OT HEHACBINICHHOCTH JKHUPHBIX KHUCIIOT, PACIOJIOKEHHUS JBOMHBIX
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CBsi3el ¥ T.J.), OT TEMIIEpaTypbl, a TaKXKe OT MPHUCYTCTBUS B CHCTEME
Karanu3zatopoB. Hauboyiee aKTHUBHBIMH KaTalIM3aTOpaMHU JIHUIIONEPEO-
KHCyeHus ABIsoTcs Fe’™ n ackopOMHOBAs KMCIOTA, — HPHPOIHBIE CO-
€IMHEeHMUS, IPUCYTCTBYIOIIME B KIIETKaX U TKaHSX.

Peaknuu HeepMeHTaTUBHOTO CBOOOIHOPAIUKAILHOTO JTUIIOIEPEO-
KHCJICHUSI UAYT 10 KMHETHKE LEMHBIX MPOLeccoB. DTH cBOOOIHOPAIH-
KaJbHbIE peakuuu 3(PQPEeKTUBHO WHTHOMPYIOTCS AHTHOKCHIAHTAMH —
BEIIECTBAMH, CIOCOOHBIMH CITY>KUTh JIOBYIIKAMHU pajnkanoB. K Takum
COCAMHEHHSM OTHOCSTCS TOKOQEpOJbl, TAypHH, MEJIaTOHWH, MOYeBas
KHCJIOTa, KADHO3KMH M HEKOTOPBIE Ipyrue npupoaHbie Benecta. Cye-
CTBYIOT ¥ CHHTETHYECKHE COeIMHEHHSI, TaK)Ke 00JIa1at0IIHe MOIITHBIMH
AHTHOKCHJAHTHBIMH CBOWCTBaMH, CpeIM HHUX Haubojee IMUPOKO H3-
BECTHBI HOHOJI, IPOOYKOJI, MEKCHIION U Ipyrue. HekoTopele n3 HUX uc-
MOJIB3YIOTCS B KAYECTBE JICKAPCTBEHHBIX MIPENapaToB.

docdonunuasl B HATUBHBIX MeMOpaHax 3((GEKTUBHO 3alIUIIECHEI OT
HEQEPMEHTATUBHOI'O MEPEKUCHOTO OKUCIICHHUS CaMOM CTPYKTYpHOH Op-
raHuzanyed MeMOpaH, a TaKKe CIEeHUaJbHBIMH AHTHOKCHIAHTHBIMU
CHCTEMaMH, PETYIUPYIOIUMH KOHIIEHTPAIIMHA aKTHUBHBIX (OPM KHCIIO-
pona B kietke. [1o 3Toii mpuunHe CKOpOCTh HepepMEHTaTUBHOTO JIUTIO-
NEPEOKUCIIEHNs B OMOJIOrMYECKUX MEMOpaHax He KOppeIupyeT ¢ HeHa-
CBHIMIEHHOCTRIO  (hochonmmmumoB W ompenersieTcss OCOOCHHOCTAMU
CTPYKTYpBI OKUCJIIEMBIX MEMOpaH, HAIMYMEM B HUX aHTHOKCHIAHTOB
U pAAOM JpYyTruX (HaKTopoB.

[To—BunumMoMy, B HATUBHBIX MeMOpaHax He(epMEHTATHUBHOE Iepe-
KHCHOE OKHCIIEHHE HE HI'PAeT CYNIECTBEHHOW (PM3MOIIOTHYECKON POIIH.
Tem ne Mmenee, npoaykTsl [IOJI perucTpupyroTcst B TKaHAX NpPH psfe
MaTOJIOTHYECKHUX TporieccoB. IIpy 3ToM BBeaeHNE B OPraHU3M aHTHOK-
CHIAHTOB CYIIECTBEHHO CHM)KA€T yPOBEHb JIUMNOINEpeokucienus. OnHa-
KO BO3MOXKHO, YTO aHTHOKCHJAHTHI MOTYT BIIMSITH HE TOJBKO Ha Qep-
MEHTAaTHBHBIE CHUCTEMBI, CBSI3aHHBIE C 00pa3oBaHHEM NEepeKUced, HO U
Ha (pepMeHTHI, yU4aCTBYIOIINE B UX HEUTPATH3AIINH.

CpaBHUTENHHO HEAABHO OBUIM OTKPBHITHI cnenuguueckue dhepmeH-
TBI, OCYIIECTBIISIONINE (DEPMEHTATUBHOE MIEPEKUCHOE OKHUCIIEHUE JIUIIU-
nmoB. CHadana 3Tu (hepMeHTHI ObUTH OOHAPYKEHBI B PACTEHHX, a 3aTEM
B HEKOTOPBIX KUBOTHBIX TKaHsX. JINMTOKCUTEHA3bI )KUBOTHBIX (BIIEPBEIC
oOHapyKeHHbIE B PETHUKYJIONUTAX), B OTIIMYHE OT PACTUTEIbHBIX JIH-
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MOKCUTeHAa3, OKUCIIAIOT HE TOJIbKO HEACTEPUPHUIIMPOBAHHBIE TIOJTHHEHA-
CBIIICHBIE KUPHBIE KHUCIOTHI, HO U MOJUEHOBBIE KUCIOTHI, BXOJSIINE B
coctaB ¢poconunuaos. [Ipu 3ToM g06aBIeHNE K MEMOpaHHBIM Ipemna-
patam ¢ocdomunazel A, pe3KO YCHIMBACT JHUIOIIEPEOKUCIICHHE.
[To-BuanMOMYy, aKTHBaLUs HIOTEHHBIX (pocdonunas sSBiIsETCS OTHUM
13 MEXaHU3MOB PETYJISINHU JIMIONEPEOKUCIECHUS in Vivo.

B mmkpocomax meuyenn cymectByeT depmentatuBHas HAJID(H)-
3aBHCHMAasi CHUCTEMa JIUTIONEPEOKUCIeHns . B aTux xe MeMOpaHHBIX
¢dpakuusx B OMBITAX in Vitro JETKO 3alycKaeTcs HepepMEHTAaTHBHOE
JTUTIONIEPEOKUCIICHNE, HHAYLMpyeMoe IPUCYTCTBHeM HoHoB Fe’' n ac-
KOPOMHOBOM KHUCIIOTHI.

W3BecTHO, YTO OKHCJIEHHE JUIMONPOTEMHOB HHU3KONH IUIOTHOCTH
(JIHIT) moskeT MHAYUMPOBATHCS METaLIaMH MEPEMEHHOW BaJEHTHO-
cth (Kak B CBOOOHOM TaK M B CBSI3aHHOM COCTOSTHHH ). OTHAKO, BITHS-
HUE MeTaJula Ha UHTEHCUBHOCTH OKUCJIEHHsSI B 3HAUUTEIILHOM CTETeHH
3aBHCHUT OT TOT'O C KAKUM JINTaHJIOM OH cBsi3aH. Tak, OeIKu-TpaHCIOp-
TepHI XKene3a — TpaHcheppruH U JakTopepprH comepxaT ero B popme,
npenarcTByionieil Bzaumoaeiicteuio ¢ ADOK. Cpenu npyrux OenkoB,
ABIISIIOLINXCS XENaTOpaMH Kelle3a — TeMOCHIEprHa, peppeqoKCHHa 1
(deppuTHHA, TONBKO MOCIEIHUN CBA3BIBAET JKEJIE30 HEIOCTATOYHO
MPOYHO W MOXKET YAaCTHYHO MPEJOCTABIATH €ro I B3aUMOJIECHCTBUA
C pagukamamMu Kuciopoja. B 3ToT mpouecc MOryT OBITH BOBJIEUEHBI
(epMeHTaTUBHBIE MEXaHH3Mbl T'€HEpalUd aKTUBUPOBAHHBIX KHCIIO-
poaHbIX MeTabonuToB B KieTke: HAJIOH-okcuma3a, MuenonepokcH-
naza, NO-cuHTa3a, TUIOKCUTEHA3bl U Jp. BEISBIsSEeMble B HATHBHBIX
JIHIT chIBOpOTKH KpPOBM THIAPONEPEKHCH CBUACTEILCTBYIOT O BO3-
MOYXHOCTH COpPOITMY MOCJIeTHUX U3 KIeTok TkaHel. [Ipu sTom B JIHII
comepxuTcs 6onee 65% Bcex THAPONEPEKHCEN CHIBOPOTKH KPOBU, B
OpraHM3Me YeJIOBeKa OHU SIBJISIFOTCS IVIABHBIMH MEPEHOCUYMKAMHU TH/-
porepeKucei.

Jlunokcueenazvr (K® 1.13.11.12) xataausupyoT OKHUCIIEHUE TOIH-
HEHACHIIEHHBIX KUPHBIX KMCJIOT C 00pa30BaHMEM I'MPOIIEPOKCUIIOB:

HOO
== +0— >'_\/:\

R, R, Ry R;
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CBoboganblie (HeICTEpUDHUITPOBAHHBIE ) JKUPHBIE KUCIOTHI SBISIOTCS
MPEeINOYTUTEIbHBIM CyOCTpaToM AJs JMMOKCUTeHa3. B kieTkax xu-
BOTHBIX 3TH (DEPMEHTHI OTBEYAIOT 32 CUHTE3 JEHKOTPHEHOB, 00pa3yro-
IIUXCS TIPY OKUCIIEHUH apaxuJOHOBOW KHCIOTHL. Tak kKak cybcTparom
JUTSL TUTIOKCUTeHAa3 SBJISIOTCS] HEHACBIIEHBIE KUPHBIE KUCIOTHI, BHICBO-
Ooxnaromuecs U3 MeMOpaH B pe3ynbTrare aeiictBust pocdonunassl A,,
TO MHTHOMpPOBAaHUE ITOTO (PEPMEHTAa CHUXKACT OKHUCIHUTEIBHYIO MOAU-
¢ukamuro JIHIT sunorenmonuraMu.

depMeHTaTHUBHOE MEPEKHUCHOE OKHCIIEHHUE JMITUIOB NMPOTEKAET B MEM-
OpaHax >HJIOIUIA3MaTHYECKOTo peTukyiryma u uaumupyercss HAJIO(H).
B pexoHCTpyHMpOBaHHBIX CHCTEMAX yIaJIOCh HHAYLPOBATh (PepMEHTATHB-
HOE JIMTMOTNIEPEOKUCIICHHE BCTPOSHHBIM B JIUTIOCOMBI ()1a80NpOmMeuHom —
MEPBBIM KOMIIOHEHTOM MHKPOCOMHOM II€TIM OKHCIIeHUsA. B ocHOBe WMHH-
auy (epMEHTATUBHOIO JIMIONEPEOKUCTICHHS JIEKUT aKTUBALMS KH-
ciopojia B xojie nepeHoca anekTpoHoB ot HAJID(H) k diaBonpoTenny.
TeMm He MeHee akTHUBHbIE (POPMBI KHUCIOPOAA MOTYT B ONpeeNIeHHbIX yC-
JIOBUSAX OOpa30BBIBATHCS IPH y4acTHH LUTOXpoMma Pysg. B mpomecce ero
(YHKIIMOHMPOBAHUS MOTYT 0OPa30BBIBATHCA HE TOJBKO MEPEKHUCH JIUIHU-
JIOB, HO U MEPEKHCHh BOJIOPO/A, KOTOpasi CHOCOOHa MHAKTUBUPOBATH LIUTO-
xpoM Pys¢. Tlo 3TOM mpuunHEe ceMeNCTBO UTOXpoMa Pysy TMOTYUYHIO Ha-
3BaHHE «(pepMEHTOB-caMOoyOmiIpy. Takoil mpumep 0OpaTHOW peryssiuu
paboThl MUKPOCOMAJIBHBIX (DEPMEHTOB JIMIIHHUK Pa3 MOATBEPIKAACT, YTO
A®K B KJI€TKax BBIIOIHSIOT CUTHAIBHBIE (DYHKIHH.

Mexnay aunookcueenasHou N YUKIOOKCUSEHA3HOU CUCTEMaMH CYLIECT-
BYET OMpe/eNICHHAs CBsI3b. DTH (PepMEHTHI OOHAPYKUBAIOTCS B OJTHHUX U TEX
JKe TKaHAX, IMEIOT o0IHe crieupHIecKue HHIMOUTOPBI (HalpUMeEp, SKOo-
3amempaeHo8yio Kuciomy), a X CeJIeKTHBHbIE HHIMONTOPEI, KaK MPaBUIIO,
YTHETAIOT 00€ peakiuy, HO ICHCTBYIOT B Pa3JIMIHBIX KOHIICHTPAIIUSX.

HexonTponupyemoe ycuieHue Mpoliecca JUIONEePEOKUCTIEHUS MOXKET
NPEICTABIIAT OMACHOCTD VIS KJIETKH, TaK KaK MOXKET PUBECTU K MaTOJIO-
ruu MeMOpas. [losToMy KpoMe aHTHOKCHIAHTOB (PEryJIHUPYIOMIMX CTAIHO-
HapHbIi ypoBeHb ADK) B KIleTKe UMEIOTCS CIieIMabHbIE (DepMEHTATUBHBIC
CHCTEMBI, PETyJIHpPYIOLIME YPOBEHb JIMIONEPEOKUCIEHHA. TaK, [UTOXpOM
P50 MOXKET BBICTYNaTh B KJIETKE B POJIM MEpOKcHAa3bl. [ myTatnoHTpancde-
Pa3bl MOTYT BOCCTaHABIMBATH OPIraHUMIECKHE THIPOTIEPEKNCH, B TOM YHCIIe
TUAPONEPEKHCH TIOTMHEHACKIIIEHBIX KUPHBIX KUCIIOT.
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Kpome Toro, B mnTO30J€ KIETOK COAEPIKATCS BOCCTAHABIIMBAIOIIIE
MEPEeKHCH JIMIUOB TIIyTaTUOHNEPOKCHIa3Hble cCUCTeMbl. CyIIeCTBYIOT
(depmeHTaTHBHBIE cucTeMBbl, HeWTpammsytomue ADK, a ectp Te, urto
WHAKTUBUPYIOT MEPEKUCHbBIE pagukansl (puc. 55). B HopmanbHo (yHK-
LUOHUPYIOLIEH KJIEeTKEe YPOBEHb YTUIM3AIMH JUIIONEPOKCHUIOB 3HAUH-
TENBHO TPEBBIIIACT YPOBEHb aKTUBHOCTH CHCTEM, TEHEPUPYIOLINX JIH-
MOIIEPEOKHCIIEHUE, TI03TOMY B HOpMa JIMIONEPEKUCH B 3aMETHBIX KO-
JIMYECTBaX HE HAKAIJIMBAIOTCS.

AKTHBHOCTb IHKJIOOKCHTE€HAa3 U JIMIIOOKCUTEHA3 pPeryjupyeTrcs
OPONYKTaMH HMX PEaKUU{; HeOOJbIINE KOJIMYECTBA IEPEKUCEH ak-
THBUPYIOT 3TH (PEpMEHTHI, B TO BpeMs KaK HaKOIUJIEHHUE MPOIAYKTOB
MEePEeKUCHOT0 OKHUCIEHHUS B 3HAYUTENbHBIX KOJUYECTBAX MOXKET
OPUBOAUTH K HEOOPaTMMOMY HMHTHOMPOBAHHIO KaK LIMKJIOOKCHUTE-
Ha3, TaK U JHUIOOKCUTeHa3. Takum o0pa3oM, B KIIETKE CYLIECTBYET
aBToperynsanus pepmenraruBaoro [1OJI. Oxnako yposens [10JI B
TKaHAX in Vivo B ONpPENEICHHBIX YCIOBUAX MOYKET CTAHOBHUTHCS
3HAYWUTENbHBIM, M HadaThb WrpaTh CYLIECTBEHHYIO (H3HOJIOTHYE-
ckyio posib. Tak, pepMeHTaTHBHOE MEPEKHCHOE OKHCIEHUE JHUIIH-
JIOB 3allyCKaeT MEXaHM3M «pa300pKH» CTapblX M HEHYXHBIX MEM-
OpaHHBIX CTPYKTYD.

AUNGKCUZERTIT
YUKADORCUZERTID

sheudazse pepokcydase -
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lL HyO 74— HO l
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\

L HALP (H}- oreudopedyxmasa

| pagburobsw KBMOAa3a,

Puc. 55. Cxema reHepupoBaHUs U YTHIA3AIMN aKTUBHBIX (OpM
KHCJIOPO/Ia U TIEPEKUCEH JTUITUA0B (PepMEHTATHBHBEIMHA CUCTEMaMHU
TKaHel MiekonuTaronwx (3eHKoB u ap., 2001)
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B xuBBIX Oopra"Hu3sMax IMpeACTaBJICHBI PA3JIMYHbIC MCXaHU3MbI aKTH-
BaIlll MOJIEKYJISIPHOTO KUCIOPOAA, MTOCPEICTBOM KOTOPBIX 00paszyeTcs
TETePOTEHHBI 10 CBOUM (DU3MKO—XWMHUYECKHM CBOWMCTBAM KJIAcC
A®K. O6mrast ocobennocth ADPK — BBICOKas peakIMOHHAs CIIOC00-
HOCTH U MAJIbIC 3HAYCHUA BPCMCH KHU3HU B OHMOJIOTHYECKHUX CY6CTpaTaX
(tabm.11), 4To memaeT WX He3aMEHUMBIM HHCTPYMEHTOM Iepelayd WUH-
(dbopmanuy Ha KOPOTKUE JUCTAHIINH.

Tabmumna 11. XapakrepHble 3HAUCHUST BPEMEH KH3HU U PaIHyCOB
muddysun ADPK B Gnonornueckux cyocrparax

Dopma ADK Bpewmst sxusny, ¢ | Pamyc muddysun, Mxm
ol (3)) — cunrneTHsIi Kucnopoa B () 10 ~0
COCTOSTHHHI
OH’ — ruipOKCHITBHBIN pajiuKas 10° <0.01
O, — cynepoKCUIHbIH aHUOH-PauKal 10 0.3
0', — cuHreTHBIH KUCIOPO 10 0.3
RO’ — aIKOKCHIBHBIN PaguKal 10 3aBucur ot R
HO’; — nepruapoKCHIIbHBIN paguKa 107 10
NO', — HUTPOKCHITbHBIM PaIHKaT 10" 100
RO", — epeKHCHBIN panKai 102-10' 3aBucur or R
H,0, — nepexucs Bogopoaa 3aBUCHT OT KaTasa3bl ¥ [Ty TaTHOHIIEPOKCH-
Ja3bl
HOC1
HOI rajgo0reHoBbIE 3aBucHuT OT cyOcTpara
HOBr IPOU3BOHbIE
HOCN

Taxk, nansHoneiicteue OH-panukana (paguyc auddysuu 23 A)
OrpaHUYEHO Pa3MEPOM CpeJHEN OpraHu4YecKoil MOJIEKyJbl. AHUOH—
pagukan O," W CHHTJIETHBIA KHCIOPOJ 001aAaroT OONBIINM paguy-
COM JeHCTBUS, CPAaBHUMBIM C pa3MepOM KIIETKH, OJHAKO Jake Ha
KJIETOYHOM YpOBHE UX 3P (PEKT CTPOTO JTOKATHU30BAH HATUIUEM BEHI-
cok03((HeKTUBHOTO (PEPMEHTATUBHOI'O aHTHOKCHIAHTA — CYNEPOK-
cunaucmyTtasbl (COJl), a Takxke TaKUX aHTUOKCUIAHTOB, KaK BUTa-
muH E, koTopslil «ynasmuBaet» O,  Ha paccrosuuu ~ 50 A. Cdepa
BIUSHUA paaukaigoB NO pacnpocTpaHseTcss Ha COCEJHUE KIEeTOU-
HBIE CTPYKTYpBI, TaKHe KaK TIJIaJKOMBIIICYHbIE CTEHKH COCYIIOB,
BBI3BIBAS MX PENAKCAIUI0, TPH 3TOM OKCHJ a30Ta MPUHIIMIHAIBHO
HE OTIWYAETCS OT TOPMOHAJIBHBIX MECCEHIKEPOB W HMEET CBOHU
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«PEeuenTop» — PaCTBOPUMYIO T'yaHHJIATIHKIIA3y. XOPOIINM JTalbHO-
JeicTBHEM 00J1afaeT MepeKUuch BOJAOPOIa — MaJOpeaKMOHHAs, He-
3apsoKeHHass MoJekyina. OpHako HauOOJBIIMM JaJbHOACHCTBUEM,
MPOSIBIISIIONIMMCS HA TKAHEBOM M OpTraHN3MEHHOM ypOBHeE, obiana-
10T MPOAYKTHI paJUKaJbHBIX peakuuii; Tak, nmpoueccsl [10JI nmpuo-
IAT K 00pa3oBaHHIO aJTbAECTHIOB, SMOKCHIOB, JUIMUIHBIX MEPEKH-
ceii, kotopsie nHTHONPYIOT cuHTe3 JIHK u nenenume xietok u B TO
e BpeMs MHAyUHPYIOT pa3Butue onyxonu. [lo-suaumomy, I10JI u
€ro MpOAyKTHI, BHICTYIAsi B POJIU «IIEPBUYHOIO MeAHATOpa» CTpec-
ca, MPeCTaBIAIOT OAWH U3 HauboJjee paHHUX PEryJIITOPHBIX MeXa-
HHU3MOB, KOTOPBIH B MPOIECCE 3BOJIOIUU TpaHCPOPMHUPOBAJICA B
(epMEHTATUBHYIO 1KO3aHOUHYIO PETYIISLHIO.

Cynepoxcu odpa3yercs Npu B3aUMOJEHCTBUHM MOJIEKYJ KHCIO-
pona ¢ HAJI®H-okcuga3Hoit cucteMon, a Tak)Ke ¢ BOCCTaHOBJICH-
HBIMHM (JaBUHAMH, XMHOHAMH, THOJIAMH, U B XOJl€ pEaKIMH, Kara-
nuzupyeMoil QuaBuH-coxepkamiuM (HEPMEHTOM KCAaHTHHOKCHAA-
30i. Cynepokcua-pagukain U odpasyoomuecs U3 Hero apyrue ¢op-
MBI aKTUBHPOBAHHOT'O KHCIIOPOJAA, BBHI3BIBAIOT MEPEKUCHOE OKHCIIEe-
HU€ HEeHACHIIEHBIX XKUPHBIX KUCIOT, okuciaeHue SH-rpymnmn, paspy-
IMIeHNe TPUNTO(PAHOBEIX OCTAaTKOB B Oenkax, moBpexaenue JIHK,
JETOMMEPHU3aINI0 KUCIBIX MOJIUCAXapuIoB WU JPYyTHE PpPEaKIHH.
Ilepexuch Bogopoa BeI3bIBaeT okuciaenne SH-rpynn B Oenkax, me-
PEKUCHOE OKHCIIEHUE HEHACBIIIEHBIX KUPHBIX KHUCIOT, OJHAKO CKO-
pPOCTB 3THX peakIUil OTHOCHUTEIBHO HEBEJIHMKAa, W TJaBHas OIac-
HOCTH NEPEKHCH BOAOPOAA IS KIETKH 3aKJII0YaeTcs B €€ CIoco0-
HOCTH T'€HEpUPOBATh I'MAPOKCUIBHBIA paaukal. B kimerkax cymep-
OKCHAHBIM aHHUOH SIBISETCS MPOMEXKYTOYHBIM HMPOAYKTOM MHOTHX
OMOXMMUYECKUX peakluil — TaKNX, KaK OKHCJIeHHWE THOJIOB, (IaBu-
HOB, XMHOHOB, KaTeX0JaMHUHOB, NTEPUHOB, a TaKke MeTaboIHn3Ma
KCeHOOMOTUKOB. OJJHAKO OCHOBHBIE HCTOYHUKH €ro 00pa3oBaHUs —
¢epmentatuBHbie cuctembl: HAJ[OH-okcnnaza garomutupyomux
KJIETOK, KCAaHTHHOKCHa3a, MUTOXOH/JIpUaJIbHAas ITUTOXPOM C OKCH-
Ja3a ¥ MUKpOCOMajbHble MOHOOKcHUTeHa3bl. Hanbonpmei crnocoo-
HOCTBIO mpoxyuupoBath O, B XKMUBOTHBIX OpraHu3Max oOJagaroT
(aronuTHPYOIMNE KISTKH.
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A®K nerko mpeBpamarorcs ApyT B Apyra. O," — MaJIOaKTUBHBIN pa-
JUKall ¥ HEe BIUsIeT Ha (PYHKIUOHUPOBAHUE OONBLIIMHCTBA (HEPMEHTOB,
XOTSI U MOXET MHAKTUBHPOBAaTh HEKOTOpBIE W3 HUX. bynyum Hykieo-
¢unpHEIM coennHeHHeM, O,  OKHCISET JTUMOMPOTEHHBI CHIBOPOTKH H
¢dochonunuapl MeMOpaH, YTO MPUBOAUT K Pa3pyLICHUIO SPUTPOLUTOB,
BBIXOJIY JIN30COMAaJIbHBIX ()ePMEHTOB U 00PA30BAHUIO IUTOTOKCHHOB.

Tokcrynocts O, B OTHOLIEHUH KJIETOK M MUKPOOPIaHU3MOB HE BbI-
3bIBa€T COMHEHHMS, IPKUM HPUMEPOM TOMY MOTYT CIY)KUTh (harouuThl,
MOyYeHHBIE OT OOJBHBIX XPOHWYECKHM TpaHyjeMaro3oM. OHH HE MO-
TyT BOCCTaHAaBJIMBATh KHCJIOPOJ M BCIIEACTBHE 3TOro 00JajaroT ciaboi
MUKPOOUIIMTHON aKTUBHOCTHIO. B HeliTpodmiax OOJBHBIX ¢ CHHIPOMOM
Hayna (tpucomust o 21 xpomocome) Ha 50% MOBBIIIEHO COJNIEPIKAHKE
Cu,Zn-CO/l, B pe3ynbTaTe 4€ro y HUX CHWKEH CTallIOHAPHBIN ypOBEHb
O’ 1, COOTBETCTBEHHO, MUKPOOMIIMIHASI aKTUBHOCTh. BmecTe ¢ Tem, Mo-
JIEKYJSIpHBIE MEXaHHW3Mbl IMTOTOKCHMYHOCTH O,  HescHbl. Bo3MoXHO,
4YTO caM CYNEpOKCHI-aHHOH He 00JagaeT MUKPOOMIHAHOW aKTHBHO-
CTBIO, @ CIYXMWT ITyCKOBBIM 3BEHOM KacKaJla PeaklHid, MPHUBOIILIMX K
obpazopanuto apyrux popm ADK. B gacraoctu, CO/l mpeBpamaeT ero
B H,0,, a muenonepokcunasa tpaHcGopMHUpyeT MEPEKUCh B CHUIBHBIHA
OKHCJIUTEINb THIIOXJIOPUT (B HEKOTOPOM POJIE, aKTUBHYIO (OpPMY XJI0pa).
B peaxiun ["abepa—Beiica u3 Hero obpasyercs THAPOKCUIBHBIA pajau-
ka1, a B3aumozericteue O, ¢ okcuaoM azota (NO') npuBoauT K 00pazo-
BAHMIO BBICOKOpEaKIMOHHOTo nepokcuHutputa (ONOO”).

3ammra JKUBBIX OPTaHM3MOB OT OKHCIHMTENbHBIX MOBPEKACHUH He
orpaHn4mMBaeTcs (hepMEHTATUBHBIMH aHTHOKCHJAHTHBIMH CHCTEMaMH,
a OCYLIECTBIACTCS TaKKe OONBIIMM KOJMYECTBOM pemapaldoOHHBIX
cucTeM, crequ(pUIecKUMU IPOTEOIUTHIECKUMH (epMEHTaMU, MaKpo-
¢aramu u remaronnTamu, 3QPEKTUBHO 3aXBATHIBAIOIINMH OKHCIICHHBIE
JIUTIONIPOTENHBI Yepe3 CIEeLUANbHbIE «CKIBEHJKEep»-pelenToprl. Jlewn-
CTBHE penapalloHHbIX (PEPMEHTOB HANPABICHO Ha YAaJCHUE U BOCCTa-
HOBJICHHE TTOBPEXICHHBIX MOJEKYJT U CTPYKTYp, HHOTJA WX HA3bIBAIOT
BTOPUYHON aHTHOKCHAAHTHOHM cuctemoi. Kak mpaBmiio, ¢ BO3pacToMm
AKTHUBHOCTbH PEMapaliOHHBIX CHCTEM CHMXKAETCS, UTO SIBJISIETCS] OAHOM
U3 NPUYUH HAKOIUIEHHS IOJOMOK OHMOJIOTMYECKHX CTPYKTYDP B IIOXKH-
soM Bo3pacte. CBOOOAHOPaIUKANbHAS TEOPHUS CTAPEHHUS NMEET MHOTO
BECKHX apr'yMEHTOB.
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Knetku cHabGxeHBl pagoM (epMEHTOB, OCYIIECTBISIOMIUX pe-
KOHCTPYKLHIO MOBPEKICHHBIX WU W3MEHEHHBIX O] AeHCTBUEM
A®K cocraBHBIX 311eMEHTOB MeMOpaHbl. OmnocpegoBaHHoe ¢oc-
¢onumazaMu ypajeHue W3 MeMOpaHBI MOBPEXIACHHBIX (ocdonu-
nunoB — 3¢ QEeKTUBHBINA cOCO0 moalepKaHus ee AMHAMHYECKOU
LEJOCTHOCTH, TO3BOJISIOUIUN PEryJIupoBaTh 000pOT MeMOpPaHHBIX
nununos. llepekucHoe OKHCIEHUE JUINUIO0B CTUMYJIHPYET JIMIIO-
JUTHYECKYI0O aKTUBHOCTh MeMOpaHHOH (ocdonumassl A,, Tak Kak
OKHUCJICHHBIE (ochonunuabl ABISIOTCA s Hee 0oJiee MpeanoYTH-
TEeNbHBIM CcyOcTpaTOM, 4eM HaTHBHBIE. Takas M30MpaTesbHOCTH
dbochommumassr A, IMeEeT BaXHOE GHU3MOIOTUICCKOE 3HAUCHUE IS
MPOIECCOB penapanuy U JeTOKCUKAUH MeMOpaH.

B opranmsme o-Tokogepos 3ammuiaeT JUIMONPOTEHHBI OT OKHUCIIe-
HHUSI COBMECTHO C BOJOPACTBOPUMBIMHM aHTHOKCHIAHTAMH: BUTAMHHOM
C u moueBoil kucnoToi. JlumoduibHbd o-ToKOheposn 3PQPeKTHBHO
B3aUMOZICUCTBYET C MEPEKHCHBIMU paJuKaliaMH JHUMUAOB U 00pasyer
a-TokoepmnbHBIA pamgukan. Buramua C MOXKET BOCCTaHABIIMBATH O-
TOKO(GEPUITBHBINA pajiMKall, BO3Bpallas eMy aHTHOKCHIAHTHbBIE CBOMCT-
Ba, IPU TOM Iapa ackopOat/a-ToKo(eposl MO3BOJISIET BEIBOAUTE Paii-
KaJTbl M3 JINITHTHON (pa3sl B BOTHYIO (a3y.

Crnenyer oOpatuTh BHUMaHHE, YTO B OPTaHU3M JKHBOTHBIX W YEJNO-
BeKa TOKO(EpOIIbl MOMaaoT TOIBKO C PACTUTEIBHOW MUILIEH — cyie-
CTBEHHBIH PEryisaTop MeTaboan3Ma, BRITOTHIIOMNHA QyHKINN HE TOJb-
KO aHTHOKCHIAHTA, II0JIy4yaeTCsl U3 PacTUTEIbHON mumu. MHorue xu-
BOTHBIC U YENIOBEK HE B COCTOSHHM CHHTE3HPOBATh ACKOPOHMHOBYIO KH-
cioty. Yepes Takue KIroueBble METaOOIUTH MUP PACTCHUN U MUD KH-
BOTHBIX JI€MOHCTPHUPYET B3aUMO3aBUCUMOCTb.

Cpenn BogopacTBOPUMEIX aHTHOKCHIAHTOB (aCKOPOWHOBAS M MOYe-
Basi KHCJIOTHI, OMIMPYOHH, THOJNOBBIE OCNKH) HanOoyiee BHIPaKCHHBIM
3amUTHBIM 3¢ ¢dexToM npotus okucienus JIHII obnanana ackopOuHo-
Basl KHCIIOTA.

CXOZHBIM MO CBOMCTBaM C 0-TOKO(EpOosIoM ABIsieTCS yOUXHHOI
niau kKo3H3uM Q. XoTs comepkaHue YOMXHHONA B HUXKE, YEM CO-
JaepxaHue ToKogeposia, 1 CKOPOCTh €ro B3aUMOAEIHCTBUS ¢ mepe-
KHUCHBIMH paJuKajaMH MEHbIIEe, 9eM y o-ToKodeposa, 0JHAKO OH
MOKET NepeXBaThIBaTh pPaJHMKaJbl 0-TOKodeposa u 3PPEeKTUBHO
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MEePEBOAUTH PaAUKaIbl U3 JIUNHAHONW (Pa3bl B BOJHYIO, B3aUMO/ICH-
CTBYSl HEMIOCPEJCTBEHHO C MOJIEKYJISAPHBIM KUCIOPOIOM.

7.2. VYACTHE A®DK B IEHKOIIHTAPHOM B3PbIBE H
CHHTE3E IIPOCTAIJIAH/AUHOB

Kak yxe ormeuanoch BbIllIe, B psie CIy4aeB yCUJICHUE T'eHEepaluu
A®DK gnsercs GU3n0ONIOTHIESCKH HOPMaIbHOH peakiueit. J{ims o0bsc-
HEHHS MPSIMONA 3aBUCHUMOCTH MHUKPOOHIIHITHOTO, IITOTOKCHIECKOTO U
MYTareHHOTO JCUCTBUS (ParoluTOB OT aKTUBHOCTH (PEPMEHTATHUBHBIX

cucteM o6OpazoBanus ADK mpemrokeHO HECKOILKO MEXaHW3MOB
(puc. 56).

- EeNle30cepaKTe
?;:;gﬁ?gn HAI$H-oxcagasa NQ-curTa3a ng;ms
_ [2Fe - 28]
Y /0 \?‘ 4
CYNEPORCHACMYTA3R
\r |
Oy + Fe2+ H202 cr B ONOO™ RS, p, N=
s RSG “N=0
menone xcmxa a
2 o TR
Fe* + OH + OH° HOCI, HOBr OH~ + NG,
L0} LO'
¥ r

OUHETOTOKCHYECKOE OTEHCTBME
Puc. 56. Mexannu3mbl IUTOTOKCHYECKOro aercteust ADPK

[lpu crumynsauuu GarolUTUPYIOMKUX KIETOK B PE3yJjbTaTe aK-
tuBauun HAJ[®H-okcunasel HabmomgaeTcs pe3koe yCUIeHUE Mpo-
aykuun O, (tak, 10* TpaHyJZONMTOB MOTYT CHHTE3HPOBAThH
10 HMonb/uyac paaukanoB uin okojao 200 MuuinoHoB MoJiekyn Oy
B CEKYHJYy Ha KIETKY). MBI OTMeYalH, YTO CYIEPOKCUJI-aHHOH HE
o0ylaaeT HeMOCPEACTBEHHON MUKPOOUIIMIHOW aKTUBHOCTBIO, & SB-
JAETCSI TPUTTEPOM KacKaja peakIluid, MPUBOMAIINX K 00pa3oBaHHIO
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IpyTux 6oyee peaknnoHHO crmocoOHBIX popm ADK u mepokcuHHT-
puta. B npucyrcteun COJl O," OvicTpo nepexoaut B H,O,, a B pe-
aKIMAX C MeTaJlJlaMu NepeMeHHOl BajeHTHOCTH u3 O, o0pa3ylot-
Csl CUHIJIETHBIM KHUCIOpPOJA W THUIAPOKCUIBbHBIA paaukain. ['mapo-
KCHJIbHBIE paJuKallbl BBI3BIBAIOT MOBPEXKACHHE HYKICHHOBBIX KH-
cioT, O0enkoB (mpexae Bcero MeMOpaHHBIX) M MHIYLUPYIOT o0pa-
30BaHHUE OPTaHUYECKHUX PaJIUKaJIOB.

HAl®H-okcumaza (K@ 1.6.99.6) daromutupyommx KIETOK
ABisieTcd (pepMEHTATUBHBIM KOMIUIEKCOM, CIEIHATH3UPOBAHHBIM
Ha BOCCTAHOBJIEHHH MOJEKYJSIPHOTO KHCIOpOJa ¢ 00pa3oBaHHEM
O, (mpu crumyisnun HeiTpodumos okosno 90% morpedisieMoro
O, uaer Ha oOpa3oBaHHE CYNEPOKCHIHOTO aHUOHa). DepMeHT
NpeACTaBaiIeT co00i MHOTOKOMIIOHEHTHYIO CHCTEMY, COCTOAILIYIO
13 MeMOpaHCBA3aHHBIX W IIUTO30JBHBIX KOMIOHEHTOB. MeMOpaH-
CBSI3aHHBIM HHU3KOMOTEHIUATBHBI HUTOXPOM bssg COCTOUT U3 2
cyObpenrHUL o U B ¢ MoJeKyIapHbeIMU Maccamu 22 k/la u 91 x/la
(p22°"* g gp91P"** coorBercTBenHo; phox — or phagocyte
oxidase); X CTEXHOMETPHYECKOE COOTHOIIEHHE coctaBiser 1:1.
a-Cy0beguHuIa COAEPKUT reM, B-cyObeluHHIA, MO MOCIETHUM
MaHHBIM, TIpencTaBiaseT codoi @A Jl-comepxkamuii GIraBOMPOTEHH.
B HecTuMynupoBaHHBIX HeWTpoduiaax yernoBeka 85% muTOXpoMma
bsss TOKaNIM30BaHO Ha MeMOpaHax crnenupuYecKuX rpaHyi U OKo-
10 5% — Ha nuTomIa3MaTUYecKo MmemOpaHe, octaiabHble 10% cBs-
3aHBl C CEKpeTOPHBIMU Be3ukynamu. Jna remepanmum O, Taxke
HEOOXOAMMBI JIBa IMHUTO30JLHBIX O€JIKa ¢ MOJIEKYJISPHBIMH Macca-
mu 47 u 67 k Ta (p47"™* u p67°™™ cooTBETCTBEHHO), KOTOPHIE B
MOKosIIIelcs KIEeTKEe HaxXxoIsATCsA B BHAE KOMILIEKca ¢ TpeTbuM 40
kJla muTomIasMarTHdeckuM GeakoM (p40P"°*); MomekymspHas Mac-
ca koMmiuiekca cocraBiser 240-250 kJla. ['eneTudyecku oOyclioB-
JIEHHOE OTCYTCTBHE MJIHM IUCPYHKUHS JIOOOTr0 M3 KOMIOHEHTOB
p22PR°% opQ1PhOY  p47PROY i h6 TP ppBOHT K TIOTEpPE CIIOCOOHO-
ctu HAJZI®H-okcuaassl renepupoBatsh O, U JIEXKUT B OCHOBE XPO-
HHUUYecKoro rpanynemarosa. B aktusanuu HAJI®H-okcunassr yua-
ctBytoT MmeMmOpanHbii [ TO-cBsa3pBarommii 6enok (G-6emok) Rap—
IA u nHUTO30IBHBIE OEJIKH M3 CEMEWCTBA MAaJbIX IMTO30JBHBIX

G-6enkoB p21™°" u p21r**; mocnemumii B moKosmeiics KieTKe
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KOMIUJIEKCHUpyeTcsl ¢ mHruoutopom auccornuanuu Rho I'1® (GDI)
B reTepoJIUMep C MOJIEKYJIapHOI mMaccoil 45-50 x/la u y 4enoBeka
npeacTaBiseT coboil mpeobnanatomyio hopmy I'Tdas, csa3biBaio-
muxcs ¢ p40P™*. B To xe BpeMms He BBISABICHO CIydacB XPOHHUE-
CKOTO TpaHyjemMaTo3a, 00YyCIOBIEHHOI'0 OTCYTCTBHEM HJIU aHO-
ManbHOU (yHKIueld G-0eJKOoB, TakkKe KaK M LHUTO30JHHOTO KOM-
nonenra p40P"ox,

[Ipy cTumymsinuy QaroryToB MPOMCXOAUT OBICTpas camMocOOpKa W3
MEMOpaHHBIX U IUTO30JIbHEIX KoMIoHeHTOB HA JIOH-okcnma3Horo kom-
rekca (puc. 57), OCYIIECTBIIONIETO MTEPEHOC AIIEKTPOHA C IUTO30IEHOTO
HAJI®H na O, ¢ obpazoBanuem O, . MHIYKINS XeMOTaKCHYECKUMH TIeTI-
TU/IAaMH TIPOUCXOAMT B TeueHue 2 c. Llutoxummudeckoe u3ydyeHne KieTod-
HBIX KOMIAapTMEHTOB, B KOTOPBIX B HEHTpodumiax ocyIiecTBIseTcs Hpo-
nyknus O, TIoKazalo, 9To yxKe depe3 | MUH Iociie CTUMYJIISIIAHN OOJTbIIast
yacth HAJI®H-okcuna3Hoit akTHBHOCTH 00HAPYKUBACTCS HA BHY TPUKJIC-
TOYHBIX IWIMHAPUYECKUX TIpaHyJaX, COACP)KAIUX TaKkKe IIEIOYHYIO
¢docdarazy; B mocrnemyromeMm (depe3 5 MWH) OCHOBHAs aKTHBHOCTD
HAJI®H-okcnmaspl JIOKAIM3YeTCsl Ha BHEIIHEH CTOPOHE IUTOILIA3MATH-
YecKOoi MeMOpaHBbl, rmomajas Tyja B pesyibrare dk3ouutoza O, —Impomy-
[UPYIOUINX TPaHyII.

Kak yxe ynmomuHanoch BhImie, (epMEHTAaTHBHBINA CHHTE3 Iepe-
KHCeH JHUMHUAOB UTpaeT BaXKHYIO pPOJb, MOCKOIBKY IpeAllecTBYET
00pa3oBaHUI0 OMOJOTHYECKH aKTUBHBIX coeanHeHUH. CBoOOIHBIE
MOJTMHEHACHIIEHbIE JKUPHBIE KUCIOTHI MOTYT OKHCISTHCS MO ABYM
HE3aBUCHUMBIM IYTSIM: HHUKIOKCHUTEHA3HOMY H JINIIOKCUTEHA3HOMY.
Tak, Hampumep, NPH IUKJIOT€HA3HOM OKHCIEHHH apaxuJIOHOBOU
KHCJIOTHl 00pa3yroTCA MUKINYECKHAE DHAOMEPEKUCH — HPOCMA2LaAH-
ounst G, 1 Hy, cmyxamue MeTaboInIeCKUMHE MPEAIIeCTBCHHUKAMHI
pa3nuuHbIX kjaccoB mnpoctarnannauHoB (PGE,, PGF,,, PGD,),
mpomobokcanos (TXA,, TXB,) u npocmayuxiuna (PGl,). llpu nu-
MOKCUT€HA3HOM OKHCICHUW apaxuJOHOBOW KHCIOTHI 00pa3yroTcs
anupaTUYecKue THIPONEPEKUCH — THAPONEPOKCUINKO3aTETPacHO-
BbIE€ KHCIOTBl — MPOMEXKYTOUHbIE MPOAYKTHl OMOCHUHTE3a JeuKom-
pueHos.
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LHHTOINMAIMATHYECKHE KOMIIOHEHTBL

Puc. 57. Camoc6opka HA IOH-okcraa3HOTO KOMITIEKca pH
aKkTUBaNUA ¢aronuToB (3eHKOB H 1p., 2001)

B xoze sBomtonmu a’poOHBIX OPraHU3MOB BhIpaboTanach peryis-
TOpHAsl CUCTeMa, 00eCIeurBaroIas CBA3b MeXAy (PepMEHTATUBHBIMU U
He(hepMEHTAaTUBHBIMH MEXaHU3MaMH YTHIIN3AIWHA KUCIOPOa, 3aIlUThI
OT BPETHOTO NEHCTBHUS €r0 BBICOKOPEAKITMOHHBIX (JOPM M MPOIYKTOB
CBOOOTHOPAJMKAIIEHOW W TIEPEKUCHOW MPUPOIBI, a TAKKE CIIOCO0aMU
BOCCTaHOBJICHHS TOBPEXIeHHBIX Omomosekyn (JIHK, Genkos, mwmm-
JIOB) W KJIETOYHBIX CTPYKTYyp. [uHamudeckuii OanmaHCc MEXIy ITUMH
MPOIECCAMU TMO3BOJIIET HOPMAaNbHO (DYHKIIMOHUPOBAThL OHOJIOTHYE-
CKHM CHCTEMaM, a €ro HapylleHHe, IPUBOJALICE K YCUJICHUIO CUHTE3a
A®K w/uiyM aHTHOKCHAAHTHOM HEIOCTaTOYHOCTH, BEIET K OKHCIIHU-
TEJIbBHOMY CTpecCy.
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7.3. AOK H IIPOJIYKTBI 1101 KAK CHI'HA/IBHBIE
MOJIEKYJIbI

B mocnennue roxpl BBIABICH MIMPOKUH CIEKTP (PU3UOIOTHUECKUX
appexroB ADK, K KOTOpBIM, MpEXAE BCETO, OTHOCATCS PETYJIISAIH
KJIETOUYHOH Mposndepalid U TOHyca COCYAOB, MHAYKLHUS TPaHCKPHUII-
UM omnpefeNeHHbIX reHoB. [lokasano ¢ynknuonupoBanne ADK B ka-
YECTBE BTOPUYHBIX BHYTPHUKJIETOUYHBIX MecceHKepoB. Tak, ADK He-
MOCPEICTBEHHO YYaCTBYIOT B aKTHBAIIMM OHKOT€HOB, a TAK)KE I'eHa, KO-
JUPYIONIEro riaBHyw ¢opMmy (dakropa Tpanckpumiuun AP—1, B oTtBer
Ha uWoHM3mWpypmyo paguamuo. O," m H,O, aktuBupyror QaxTop
Tpa"ckpunun NFkB, KOTOpBIN BBI3BIBAET HKCHPECCUIO0 TEHOB, KOAH-
PYIOLIMX Psii UUTOKUHOB U BUPYCOB, B ToM uuciie BUY, a NO' nonas-
nsiet aktuBanuio NFkB, yBennunBas uHAyKUIuio HHruOuTOpa (axkropa
tpanckpunuuu NFxB u crabunmsupys ero. B ungykunu cunresa Gen-
KOB TEIUIOBOTO IIOKA, MOBBIMAIONMINX PE3UCTEHTHOCTh KIETOK K BBICO-
KHM TEeMIIepaTypaM, paJualii, TOKCHIeCKOMY AEHCTBUIO HOHOB TsDKe-
JBIX METAJUIOB UM JIEKAPCTBEHHBIX IIPENApaToB, OCHOBHAs pOJIb OTBO-
mutes mepekrucu Bomopona. NO* u CO* cBSI3BIBAIOTCSA ¢ TeMOBOM Ya-
CTBIO TYaHMJIATIMKIIA3bl M 00paTUMO M3MEHSIOT cuHTe3 ul M®, Tem ca-
MBIM YIIPaBisis pabOTOM 3THX BaXKHBIX BHYTPUKJIETOUHBIX PETYJISATOPOB
BHYTPUKIIETOYHON KOMMYHHKALUH.

OpanM 13 Hanbosee N3y4eHHBIX (PAaKTOPOB MEXKIETOYHBIX CHTHA-
JIU3AIUK SBJISIETCS OKCUa a3ora (Hutpokcun, NO-paaukai), o0pasyro-
muics u3 L—-apruHuHa U MOJEKYJISIPHOTO KHCIOpOAa ¢ IOMOUIbI0 dep-
MeHTa NO—CHHTa3BbI:

L-aprunun + HAJI®H + O, — uurpynmus + NO + HAID"

Pagukan NO sBisercs BaXHEWIINM HeHpOMEAMAaTOPOM, MHTEpMe-
IUaTOM HUMMYHHOM CHCTEMBI M PETYIATOPOM CEPACYHO—COCYIUCTON
CHCTEMBI YejoBeka. B kmBoTHOM opranm3mMe NO paboTaeT Kak BTO-
PUYHBIN MecCeHIDKep U B Mepu(epuuecKoid, U UEHTPAIbHON HEPBHOMH
CUCTEME.

CymiecTByrOT 1Be OCHOBHBIE (popMbl NO-CHHTa3bI — KOHCTUTYIIHOH-
Hasl, BBIJCJICHHAS TJIABHBIM 00pa3oM W3 SHIOTENHS U HEHPOHOB, M WH-
OyuuOenbHasi, BIAENICHHAS U3 Makpodaros, IMaJAKUX MBI U TIEYCHU.
OHM OTNIMYAIOTCS 1O CTPYKType U crnocody perymauuu. Konctutynu-
orHasg NO-cuHTa3a MOCTOSIHHO NMPHUCYTCTBYET B KJIETKaxX M €€ aKTUB-
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HOCTHh HaxOJHUTCA B MPSMOU 3aBUCHMOCTH OT ypoBHS moHOB Ca, a
peryisius OCyIIeCTBISIETCS Yepe3 KalbMOAYJNH, ABISIOMIUNACS KO-
¢dakTopom 3Toro ¢pepmenta. MunynubenpHas popMa He 3aBUCUT OT
colep KaHUA KaJIbIUs U TPAHCKPHUIIIMOHHO peryiaupyema. Ita gop-
Ma UHAYUHUpYeTcs B Makpodarax, rilagkuxX MBIILIAxX, TeNaToOUuTax,
HEeHTpopUIax U APYrUX KIETKAX MOJ ACHCTBHEM IHAO- U IK30TOK-
CHHOB, IIUTOKUHHHOB M MPOAYLUpPYeT Oojbinoe KonnyectBo NO' B
TEYECHHUE UINTENBHOro BpeMeHH. IlocienHee CBOMCTBO Ba)KHO, Kak
OCHOBA aJanTaluu KIETOK K U3MCHSIOUIUMCS YCIOBHUSAM (DYHKIIHO-
HUPOBaHUS.

B pesynbprare moBbimeHus koHeHTpaun NO akTHBHpYyeTCs IIUTO-
30JbHAsl TyaHWIATLMKIIA3a, Karanusupytonias npespaumenue ['TO B
ul'M®, KOTOpBIii akKTUBUpYET crienn(uIecKyro nporenHkuHazy (G-Ku-
Ha3y) WM HEeTOCPEICTBEHHO, UM C ITOMOILBIO JOMOJHUTENBHOTO CHI-
HaJIBHOTO ITyTH, BKJIIOYAIOLIETO €Ie OJWH BTOPUUYHBIA MECCEHIKEp —
apeHo3unaudocharpudoszy. Ilocnenuss otkpoiBaer Ca-KaHalbl BHYT-
puxiieTouHbIx Ca-fieno, B pe3ysbTaTe 4ero HOBBIIIAETCS] KOHLEHTPALUs
KaJbIHsI B IIUTO30JI€, aKTHUBUPYIOTCS Ca-3aBHCHMBIE TMPOTEHHKHUHARHI,
dochopunupyercss OEIKOBBIA (HaKTOp PeryJsud TPAaHCKPHUIILIUK U Ha-
YMHAETCSA CHHTE3 OENKOB TEIUIOBOIO II0Ka, 00ECIIeYNBAIOIINX KIIETOY-
HYIO 3aIlHUTYy.

Oxcup azora o6JagaeT MMPOKUM CHEKTPOM OHOJIOTHYECKOro Heii-
ctBua. OH y4acTBYyeT B MEKKJIETOYHON CHTHAIM3ALUH B LEHTPAIbHOU
u nepudepuyeckoil HepBHbBIX cucTeM. Ero naeHTHPULIUPYIOT ¢ S3HAOTE-
JUATBHBIM (PAKTOPOM pesaKcaIiy, pacciabsONINM TIIaJKue MBILIITBI
Y TIPeIOTBPALIAIONINM arperauio TpOMOOLIUTOB U aJre3uto HeUTpohu-
JI0B K 3HAoTenMo. Ero cunTes (haronuTHpyrommMy KIeTKaMH PeryJiu-
pyet nponudepanuio TuMdoruToB. OH BHOCHT BKJIAA B, MEKPOOHUITHI-
HOE ¥ MTPOTHBOOITYX0JIEBOE JeHCTBHE (arouuToB.

Bonee TOro HUTPOKCHI SBISETCA PETYISTOPOM BHYTPHKIECTOYHOM
KOHIIEHTpalui HoHOB Ca’’ M, COOTBETCTBEHHO, AKTMBHOCTH psa
Ca-3aBHCHMBIX (DEpPMEHTOB.

Hctounukom NO B neHTpasbHON U nepuepruiecKoil HEpBHOM cuc-
TeMeE SIBJIIOTCS SHAOTEIHOLMTEI COCYA0B, KIETKH MUKPOTJIUU U acTpo-
IUTHI, HEaIpEeHEePruieckrue HEPBHBIE BOJOKHA W TIyTaMaTIPTUYEeCcKHe
HEeHpoHHI (puc. 58).
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®yukuun HelipoHanbHOT0 NO dpe3BrIdaitHO pa3HOOOpas3HBI: OH KOH-
TPOJIUPYET OCIMILIATOPHYIO aKTUBHOCTh HEMPOHOB, SBIIAETCS MEIUATO-
pOM Hoyuyenyuu, y4acTByeT B (POPMHUPOBAHHMH LUPKAJHBIX PHUTMOB
mpoIieccax TepMoreHe3a, 0OOHSIHUS, IPUHSATHS IHIIA U BOJBI, CHIDKAST
TPEBOXKHOCTD, PETYJIHPYET BBIXOJ HEHPOMEIUATOPOB; UTPAET CYIIECT-
BEHHYIO POJIb B IpoLEccax MOTEHIMAIMU U, COOTBETCTBEHHO, IIOJITO-
BpeMeHHOU mamMsTu. HelipoHnansHblit NO sBIS€TCS Ba)KHEUIIMM BTO-
PUYHBIM MECCEHKEPOM, C TIOMOIIBI0 KOTOPHIX HEpBHAs CHCTEMa
YIpaBJsIeT TOHYCOM COCYJIOB, CHa0XAIOIINX KPOBBIO BCE CUCTEMBI Op-
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Puc. 58. Yeemmmuenuto kormenTparmm ADK B pe3ybpraTe akTHBAIAN
IIIyTaMaTHBIX perienTopoB HelipoHoB (boineipes, 1998)

A®K reHepUpyIOTCS MUTOXOHIPUSIMH (IBIXaTENbHAS Leb), LATOILIa3Ma-
THYeCKUMH (hepMeHTaMH (KCAaHTHHOKCHA3a), a TaKKe B pe3ylbTaTre WX
B3aMMOIPEBpANIeHUH B YCIOBHAX alua03a W BBHICBOOOXKIECHHS HOHOB
KeJe3a U3 CBA3aHHOTO COCTOSHHUA.
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raHu3Ma, MPUIeM OH MOXKET JIeWCTBOBATh KaK HETIOCPEACTBEHHO, TaK U
OTOCPEIOBAHHO (HANPUMEP, CTUMYJIHMPYsI BHICBOOOXKJICHUE Ba3ompec-
cuHa). [TokazaHo yuacTre OKcHa a30Ta, BBICISIONIETOCS B CHHOATPH-
aJTHHOM Yy3JIe, B aBTOHOMHOM KOHTPOJIE CepAIICONEHUSI.

CHxeHue coaepxanusi nuroruiazmaruaeckoro il M® npu akTuBa-
LMW KJIETOYHBIX pelenTopoB L-ramyTamMaTtoM U ero npou3BOAHBIMU SIB-
nsiercst NO-3aBucuMbIM npoueccoM. B 3aBucumoctu ot ypoBHs NO oH
MOXXET WJIH WHTHOMPOBATh, WIIM TOTEHIIUPOBATH BHICBOOOKICHHUE TIIy-
TaMara ¥ acmaprara, TeM CaMbIM 3alllUIasi HEHPOHBI OT IK3AUMOMOK-
cuyeckux 3¢gexmos mennaropa. V30bIToOUHAS TIPOTYKITUS WIIH HEAOC-
TaTOYHO ObICTpas HEHTpanu3amus TIYTaMHHOBOH M aclaparnHOBOMN
aMUHOKHCJIOT, BBITIOJHSIOIIAX POJIb BO30YXKIAIONIMX MEIUATOPOB B
HelpoHax, MPUBOIUT K HeHpoToKkcuueckuM d¢dexkram. B ocHOBe TOK-
CHUYeCKOTo NelcTBus JexXUT cTuMyisinus ADK, cnocoOHas MpUBOIUTH
K OKHCIIMTENBHOMY MOBpexaAeHuto Tkaneil. Kpome toro, NO 3amumaer
TOJIOBHOM MO3r OT HIIEMHUYECKUX U HEHUPOTOKCHYECKUX HHCYJIBTOB,
KOHTPOJUPYET OCLHWIISITOPHYIO AKTUBHOCTh HEHPOHOB.

7.4. HAPYIIIEHUA MEMBPAHHBIX CTPYKTYP, CBA3AHHBIE
CIIOBBIIIIEHUHEM KOHIIEHTPAIIUH A®K

Bce dhopmbr ADK npu noBBIIIEHHH UX CTAIIHOHAPHOTO YPOBHS MPO-
SBJISIFOT BBICOKYIO IIUTOTOKCHMYHOCTh B OTHOILIEHHH JIFOOBIX THUIIOB KIle-
TOK. MOXHO BBIIETHUTH YeThIpe HanboJee BEPOSTHBIX MULIEHN OKHCIIHU-
TEeTBHOM ITUTOTOKCcHYecKoi ataku ADK: moBpexmeHne MeMOpPaHOCBS-
3aHHBIX OenmkoB, MHAYKIMs mporeccoB [IOJI B OHONIOTHYECKHX MEM-
OpaHax, HHAKTHBALMSI LUTO30JbHBIX (PEPMEHTOB U TIOBPEXKIAECHUE MUTO-
xoHapuanbHON U simepHort JIHK (mepBas siBnsieTcs Oornee ySI3BUMOM,
MOCKOJIbKY JIMIIIEHA THCTOHOB, MPOSIBIAIONNX CTaOMIH3HpYIOIee IeH-
ctBue). [eiictBue ADK Ha m000#1 U3 mepeuncieHHbIX BUIOB MaKpo-
MOJIEKYJI MOKET CTaTh KPUTUUECKUM JUIS KU3HENEATEIBHOCTH KIETKH.

Oxucnennio ADPK B nepByio ouepens noaseprarorca SH-congepxa-
e rpynnsl 6enkoB. OCHOBHYIO onacHOCT, ADK mpeacTaBinsioT amis
tpancroptabix AT®a3, conepxamux SH-rpynmsr - Ca* -ATdass (ee
MOBPEXJIECHUE NPUBOAUT K HAPYIICHUIO TPAHCIOPTAa HMOHOB KajbLUs
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gepe3 MmeMmOpany) u Na/K-ATda3sl (ee momaBiieHHe TyOUTEIHHO CKa-
3BIBAETCSI HA TOMEOCTa3¢ OTHOBAIICHTHBIX KATHOHOB KJICTKH).
MaccupoBanHOe OKHCICHHE MEMOpPAaHHBIX JUMUIOB MPUBOAHUT K
HEOOpaTUMOMY TOBPEKICHUIO MEMOpPAHHBIX CTPYKTYpP, HApYIICHHUIO
UX TMPOHUIIAEMOCTH sl HoHOB. Hanbomee moaBepKeHbl MePEeKUCHO-
My OKHCIEHHUIO BXOJSIINE B COCTAaB MeMOpaH HEHACHIIICHBIC KUP-
Hble KHCIOTBI: JIMHOJEBas, apaxuIOHOBas, JJOKO3areKcaeHOBas.
OKucneHne JTUMHI0B MPUBOJIUT K 00PAa30BAHUIO X THIPOTIEPEKHUCEH
Y BBI3BIBACT MPUTOK MOJIEKYJI BOJIbI B TIOBPEK/ICHHBIC 30HBI OUCIIOS.
B uuncne npoaykros IIOJI — TOKCMYHBIE U MYTAareHHbIE AJIbAECTHbI
(puc. 59). Taxk, T1aBHBIA MPOAYKT OKUCIEHHS apaxHJIOHOBON KHCIIO-
ThI, 4-THIPOKCUHOHEHAIh MOXKET CIIUBATh OCIKOBBIC MOJEKYJIbI, Ha-
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Puc. 59. Cxemarndeckoe n3odpakeHre CBOOOIHOPAINKAITEHOTO
OKHCJICHUS JINHOJIEBOW KHUCIIOTHI M 00pa3yIOIIUXCS IPH OKUCIICHHN
MPOAYKTOB
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pymast ux cTpykTypy ¥ pyHknumonuposanue. OH 001amaeT MUTOTOK-
CHYECKUM M MYTAareHHBIM JeHCTBHUEM.

[Tpu u3yueHnn cBOOOAHOPAAMKANIBHOTO OKHCIICHUSI 0c000€ BHHMA-
HUE yAemnseTcs JumonporenHam Hu3Kou trotHoctH (JIHIL, cm. Hinke),
100 STH YaCTHIBI B OTIMYHE OT JUIMONPOTEHHOB BBHICOKOH TIOTHOCTH,
MPH OKUCIIUTENEHOW MOIU(UKAIMU MOTYT CTaHOBUTHCS ITUTOTOKCHY-
HbiMU. [loBbimienue ypoBHs A®K B mia3Me KpOBU BBI3BIBAET OKUCIIH-
tenpHy0 Momudukaruio JIHII, u co3gaBaTh MOTEHIIHATBHYIO YTPO3Y
opranusmy. Ha ctpaske 3Toro mporecca cToiaT Makpodard, yJIaBIuBaro-
e takue onacHele JIHIT cBoumu peuentopamMu U HEUTpaIU3YOLIKE
uX.

OpHuM U3 3a00JICBaHUM, HAYMHAIOUIMXCS TPU HEJAOCTATOYHOU 3a-
IIUTHOHM JESTEeNbHOCTH MakpoQaros, sBISETCS aTEPOCKIEPO3 — XPOHU-
yeckoe 3a0olleBaHWE apTepuii, COIMpOBOXKIaromieecs o0Opa3oBaHUEM
YTOJILIEHUN cTeHKU apTepuil (OismieK), cy>KMBAIOIIUX MPOCBET COCY-
JIOB U CHOCOOCTBYIOIMX TPoMO00Opa3oBaHH0. DTO — MIUPOKO pacipo-
CTpaHEeHHOE 3a00JIeBaHMe: OKOJIO TIOJOBHUHBI BCEX JIIOJIEH, JKUBYIINX B
[UBUIIN30BAaHHBIX CTPaHAX, YMHUPAIOT OT OCIIOKHEHHI aTePOCKIEPOTH-
YeCKOro Tpolecca B COCyJax pa3lIMuHBIX OpPraHoB (MH(APKTOB, WH-
CYIIBTOB H Jp.).

Haunnaetcs atepockiiepo3 B pe3yibTare CTPYKTYpPHBIX W3MEHEHHI
B MHTHME (BHYTPEHHEM CJIO€) U B MeAWU (MBIILIEYHOM CJIOE) COCYJIH-
CTOW BBICTHJIKH apTEpUH, KOTOPBIE HA MIEPBOM 3Tale XapaKTepU3yIOTCs
HAaKOIUICHUEM XOJIECTEPUHA B COCTaBE BHEKJIETOYHBIX JUINUAHBIX Yac-
THI] 1 MacCHUBHBIX OTJIOKEHHH 3CTEpU(UIIMPOBAHHOTO XOJECTEpHUHA B
COCTaBE MEHMCTHIX KJIETOK, UMEIOUIUX B LIUTOIUIa3ME MACCHBHBIC JIH-
MUIHBIE BKITIOYEHNUS, B OOJIBIIMHCTBE MIPeICTaBIeHHBIE dY(hrupaMu Xoe-
crepuHa. [losiBlIeHne B MHTUME MEHUCTHIX KIJIETOK SBISETCS MapKepOM
Hayaja aTepocKJIEpOTHYECKOro mnpouecca. Ha mocienyromux craausx
HaOIro1aeTcs pa3pacTaHue COeIMHUTEIEHON TKAaHU U YBEIMUEHHEM XO-
necTepuHO—(pHOPO3HBIX U KaJbIMEBBIX OTNIOKeHHH. OCHOBHas macca
5(pHUPOB XOJECTEPHUHA B ITHX OTJIOKEHUAX MPOUCXOIUT U3 LHUPKYIIH-
pytouux B kpoBu JIHII. TlokazaHo, 4TO MEHUCTHIE KIETKU SIBISIOTCA B
OCHOBHOM MakpoQaraMi MOHOITUTAPHOTO MTPOUCXOXKACHHUS 1 YaCTUIHO —
por(epupyIONIIMHA TJIAAKOMBIIIEYHBIMHI KJIETKaMHU.
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CrumynoMm K n3ydenuro ponn okucienHsix JIHII B ateporenese mo-
CITy’)KWJIO OTKPBITHE B Makpodarax CrequajJbHBIX CKIBEHIKep-peLen-
TOpOB  (PEUENnTOPOB-«MYCOPIIIMKOB») PACIO3HAIOIINX OKHUCICHHBIE
JIHIL. IlepBoHayanpsHO OHM OBLIM OMUCAHBI KaK PEENTOPHI K alleTHIIN-
poBansbiM JIHII, ogHako nanpHEWIIME UCCIEN0BAHUS MMOKa3adyd UX BbI-
COKO€ CpOJICTBO K alleTOAleTHIUPOBAHHBIM, KapOaMUIMPOBAHHEIM,
CYKLUVHUIUPOBAaHHBIM, U okucieHHbM JIHII, a Takxke K onpeneneHHbIM
MOJIMPUOOHYKIICOTHIaM  (TIOTUTUMUH), TIoncaxapaM (JIeKCTPaHCYIIb-
¢at, kappareHaH), HEKOTOPbIM (QochorunuaaM U OaKTePUATLHBIM JTH-
noronrcaxapuaaM. OOMIMM TPU3HAKOM BCEX JIMTAHIOB IS CKIBEH/I-
Kep-pelenTopoB SBISETCA HAIW4YHe IOJIMAaHUOHHBIX KOMIUIEKCOB. B
omiinuue oT peuentopos st HaTuBHbIX JIHII, ckaBeHpKep-penentopsl
CBSI3BIBAIOT TONBKO MomudunmpoBanneie JIHII, n ux skcmpeccus He
peryaupyercsi BHyTPUKIETOYHBIM COAEPKAHUEM XOJecTepuHa. bonbiie
BCETO CKIBEHIKEP-PELENTOPOB BBIBISECTCS B MOHOLIMUTAX/MaKkpogarax
Y B KJIETKaX TEUEHH, TJ¢ OHU MPECTABICHBI Jake B OOJBIIEM KOJIHde-
ctBe. Hamo ykaszaTh, YTO Halnuyue 3TUX PEUENTOPOB B MEYEHH HUMEET
(YHKIIMOHAIbHOE 3HAYEHHUE B 3aIIUTE OT aTepPOCKIIepo3a, O3B0 Te-
YeHU HEHTPaAIN30BaTh H30BITOK MEHUCTHIX KIIETOK.

3axBar Makpodaramu oxuciaeHHbIXx JIHII, mMerommx BBICOKOE
CPOJCTBO K CKIBEHIKEp-PELeNnTopaM, NMPUBOAUT K HAKOIJIEHUIO B
HUX 3(QUPOB XOJIECTEPUHA ¥ (POPMUPOBAHHUIO NIEHUCTHIX KJIETOK, BO
MHOTOM HJICHTUYHBIX KJIETKaM aTepOCKJICpOTHYECKO Onsamku. ToT
¢dakrt, yTo popMUpOBaHNE MEHUCTHIX KIETOK MPOUCXOIUT MPHU HHKY-
Oaru MakpodaroB TOJBKO ¢ OKHCIEHHBIMH HJIM MOAU(DHUIIIPOBAHHBI-
MU («aTepOTeHHBIMUY), HO He ¢ HatuBHbIMU JIHII, mocmyxun ocHo-
BOW KOHLIEMIMHU, COTJIACHO KOTOPOM HayaJIbHBIM 3TAllOM aTeporeHesa
sIBNIA€TCS BO3HUKHOBeHME OKHUcIeHHBIX JIHII, HMUTOTOKCUYHBIX st
SHIOTEIMOLUTOB M YCHUINBAIOIINX aAre3UI0 HEUTPO(DHUIIOB, YTO BBI3HI-
BaeT MOBpEXACHHE dHAOTENHs; 3axBaT okucieHHbx JIHIT makpoda-
raM{ " MPUBOJNT K 00Pa30BaHUIO MMEHUCTHIX KJIETOK, UX HAKOILICHHIO
B MHTHME COCYOB U B MOCJIEAYIONMEM — K POPMHUPOBAHHIO aTEPOCKIIe-
POTHYECKON OJIAIIKH.

[locne mprema NuIIM B KUIIEYHUKE 00pa3yr0TCS XWIOMHUKPOHBI, KO-
TOpbIE U3 KPOBOTOKA OBICTPO MOTJIOMIAIOTCS TeUeHbI0. B meueHu cuH-
TE3UPYIOTCA O0OraThle TPUTIUIEPUIAMHU JTUIONPOTEHHBI OYeHh HU3KOU
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TJIOTHOCTH, OCHOBHON (PYHKITHEH KOTOPBIX SIBIISICTCSI CHAOKCHIHE TICPH-
(epuyuecKkux TKaHEH XHUPHBIMH KUCIOTaMH. B pesynbraTte aeHcTBUS
JUNONPOTEHHIINIIA3, HAXOSAIMIMXCSA HA TTOBEPXHOCTU SHIIOTEIHUOILUTOB,
MIPOUCXOIUT THAPOJIU3 TPUTIUIIEPHUIOB JIATIONIPOTEHHOB OYEHb HU3KOH
IJIOTHOCTH, KOTOPBIE MPEBPAIAIOTCA BHAUYajie B JIUIIOMPOTEUHBI IMPO-
MEXYTOYHOU TUTIOTHOCTH, a 3aTeM B Oorarteie xonectepuHom JIHII. B
MpoIecce AeTpajaliy JIUIOTPOTENHOB OY€Hb HHU3KOW IUIOTHOCTH 00-
pasyroTcs TaKKe JIMITOMPOTEUHBI BHICOKOW INIOTHOCTH, OJTHOBPEMEHHO
3TOT KJIacC JIMIMOMPOTEUHOB MOXET CHHTE3UPOBAThCS B meueHu. Dop-
mupoBanue JIHIT compoBoxmaeTcst mepeHocoM 3(hHPOB XOJIECTEPHHA C
JUTIOTIPOTEHMHOB BHICOKOH INIOTHOCTH C TTOMOIIBIO CIIEIIHAIEHOTO TIEpe-
HOCSIIET0 3(UPHI XoyecTepuHa Oenka. EciM IUIONpPOTEHMHBI OYCHb
HU3KOM MIOTHOCTU YAANSIOTCA U3 LUPKYJSILIUU Yepe3 HECKOJIbKO 4Ya-
coB, To BpeMs nonyBbiBeAeHust JIHIT — 2 nus. Cpeassisi KOHLEHTpanus
JIHIT B CBIBOPOTKE HOPMOJIMIIMJEMUYECKUX IALMEHTOB COCTABIISET
OKOJIO 3 MI/MII, IPH 3TOM B JIaHHBIX YacTUIAX COAEPKUTCS okoio 60%
BCETO ChIBOPOTOYHOro xojectepuHa. Y nanenue JIHII u3 uupkynsuuun
MIPOUCXOIUT MTOCPEICTBOM DHIOIIUTO3a Y€PE3 PEIEITOPHI K allOTPOTEH-
Ham B u E (B/E penentopsl), a Takke pelienTOp-HE3aBUCUMBIM MTyTEM.
Hapymenue penentopHoro cesspiBanus JIHIT B pesynbTare noBpexae-
HUA TeHa, Koaupytomiero B/E-perienTop, IpUBOIUT K aHOMAIBHO BBICO-
komy yposHio JIHII u xonectepuna B KpoBH (cemeiiHas runepxosecre-
pUHEMUS).

Ha xaxmyro gactumy JIHII (puc. 60) npuxoaurces oxono 1600 moe-
Kyn1 3¢gupoB xomectepuHa u 200 MOJIEKyN TPHUIIHIIEPHIOB, KOTOpPHIE
OpPTraHM3YIOT IEHTPAILHOE JUIMOGWIBHOE SIpO; 3TO SIPO OKPYKEHO
morocioeM u3 700 monexyn docdomummmo u 600 mMomekya cBoOOI-
HOTO XOJIECTepHHA; B MOHOCJION BCTpOeH amorporenH B (amo-B) — Ge-
JIOK ¢ MOJeKyJsapHoil Maccoil okoio 500 x/la, cmykamuit 1 penen-
topHoro cBs3biBanus JIHII ¢ kinetkamu. IMeroTcst naHHBIE, 4TO HA IO-
BepxHocty yactull JIHII amo-B pacmonaraercss TOHKHM CIIOeM (TOJIIIIH-
HO# okono 10 A) u mokpsiaer miomans okono 480 M. OCHOBHBIM
cybcTtparom cBoOOmHOpaaukansHoro okucieHus B JIHIT ciyxat HeHa-
CBIIIIEHBIE KUPHBIE KUCIIOTHI, CPEIN KOTOPHIX TiaBHOMU (oxoso 90% o6-
IIETO COCTaBa) SIBJIAETCS JINHOJIEBASI.
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Brinenennsie u3 arepockieporundeckux Omsamex JIHII mo cpas-
HEHHIO C HATUBHBIMHM MMEIOT MOBBIIIEHHOE COJAepKaHuE MepeKucen
JUNHAO0B, CHWKEHHOE COAEpP)KAHME HEHACHIIEHHBIX JKUPHBIX KH-
CIIOT, ()parMEeHTHUPOBAHHBIN armo-B, HecyT oTpUIlaTeNbHBIN 3apAn U
0051aJa10T BEICOKUM CPOJCTBOM K CKIBEHKEP-peLenTopaM MaKpo-
¢aros. Ananornunsle usmeHenuss B JIHII naGmromatoTcs mpu ux
JUTUTEIBHOM (HECKOJIBKO MECAILeB) XpaHEHUHU, IPH HHKYyOaluu c
WOHAaMH JKejie3a WIM MeA (CO3JAI0IIUM YCIOBHS IS WX OKHCIIe-
Hus). Bmecte ¢ Tem, pasnuuuil B copepkaHUU KUPOPACTBOPUMBIX
AHTUOKCHUIAHTOB (0-TOKodepos, [B-KapoTHH) B JHUIOIPOTEHHAX
aTePOCKIEPOTHIECKUX OJISIIEK W CBIBOPOTKH KPOBH HE BBISBICHO,
XOTSl OKUCIIEHHE in Vitro IPUBOJIUT K CHIDKEHHUIO COJEPKAHUS ITHX
coenqunenuii B JIHII.

Nepudbepuuscxuis ancbenok (Hanpumep, Ano-C)
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Puc. 60. Cxema cTpoeHus JIUNONPOTENHA MIa3Mbl KPOBU

166



YBenuueHue oTpulaTesbHOro 3apsaa B okuciaeHubix JIHII saBusiercs
pe3yibpTatoM HakoruieHus: mpoaykToB [1OJI u oKuCIeHUs MOT0KUTENb-
HO 3apsDKEHHBIX JIM3WHOBBIX OCTaTKOB amo-B. CBoOomHOpagukanbHOE
okucnenue JIHII, unaynmpoBaHHOE HOHAMU METAJIOB IEPEMEHHOU Ba-
nentHocty (Cu’” mwmu Fe™), NpHBOMMT K M3MEHEHHIO UX XMMHUYECKOTO
COCTaBa, YTO XapaKTEPU3YETCS CHUKEHHUEM COJEP)KaHUS CBOOOTHBIX
YKUPHBIX KHUCIJIOT, ITOJIHBIM HCUE3HOBEHHEM AHTHMOKCHUIAHTOB W 3HAUM-
TETHHBIM TTOBBIIIICHUEM COJICPIKAHHSI IPOTYKTOB OKUCIICHHSI (THAPOTIC-
peKuceil, OKCUCTEPOIIOB, JTUEHOB), KOTOPHIX B cBeKeBbIAeNeHHBIX JIHIT
Majo (puc. 61). Oxucnenue JIHII nmpuBoauT Takke K M3MEHEHHIO HX
¢u3nIecKux U OMOIOTUYECKUX CBOWCTB.

[TepexncHOEe OKHCIEHUE JTUMUIO0B MOXKET MPUBOAUTH K MOBPEXKIE-
HUIO WM MOTUGUKAIMN BCEX OCHOBHBIX (PYHKIHN OUOIOTHYECKUX
MeMOpaH: OaphepHOH, PEleNTOPHON, KaTaluTHdeckod. M3BecTHO 1O
KpaitHeil Mepe 3 TepBUYHBIX MEXaHU3Ma MOBPEKIICHUS OHOMEMOpaH B
pe3yiabTaTe MHULUALKUY IEPEKUCHOTO OKUCICHUS JTUITUAOB.

B pesynprare mosBiaeHUS THAPOGUILHON THAPOTCPEKUCHONW TPYyII-
MTAPOBKY B ITOJIMHCHACHIIIICHHON JKUPHOW KHUCIIOTE, BXOAIICH B COCTaB
MeMOpaHHOro Qochosunuaa, Hapymaercs TuapopooHOCTs hocdou-
MUIHOTO OMCIIOSN, TIPH 3TOM PE3KO YBEIMYUBAETCS €0 MMAacCHBHAS MPO-
HUIIAEMOCTb JIJIs1 HOHOB.

OKHCIIEHHBIE OKHCITEHHBIE HATHBHBIE

JIHII JIHII
=
t@'m{p- B/E-pege K
pengjmTop HATHEHBIM

DATOILIA3MATHYECKAN Lo- L

/
o hj\
HAJT®H-orcnjiaza
MBI

LMTOTOKCHYHOCTS METORORIPHE

Puc. 61. MexaHn3MBbl IUTOTOKCHYECKOTO AeUCTBUS okucieHHnIx JIHIT
(3enkoB u mp., 2001)
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OO6pazyromuecs B XOJ€ JIMIIONEPEOKUCICHUS NHUAThIACTHIRl THITA
MJIA o00namaroT CBOHCTBAMH MONEPEYHOCHIMBAIOIIUX OU(YHKIIHO-
HaJIBHBIX peareHToB. OHU CHOCOOHBI MPUBOIUTH K MOJMMEPU3ALNH H
arperanuu 6momosnexys (0eNKoB W JUIHIOB B MEMOpaHaX), HaKOILIe-
HUIO JTUMOQYCIIHOBBIX OJISIIIEK.

[lepexucHble pamuKaibl OCYIIECTBISIOT OKHCIEHHE aMHUHOKHCIIOT-
HBIX OCTaTKOB (B IepBYI0 ouepenp SH-comeprkalux: rucTUInNHA, TPUI-
TodaHa u Ap.) MEMOpPAaHHBIX OEITKOB, B TOM YHUCIIE OCTATKOB, JIOKAIH30-
BaHHBIX B aKTUBHOM IICHTpE (epMEHTOB, YTO MPUBOIUT K yTpare dep-
MEHTAaTUBHOM aKTUBHOCTH.

OTu Tpu NepBUUHBIX Moaudumupyomux pdexkra ADOK u munma-
HBIX paJuKanoB, oOpasyromuxcs B pesynsrare [10JI, oOycnoBmuBaroT
MHOT000pa3Hble NPOSIBICHUS MEPEKUCHOTO OKUCICHHS KaK Ha YPOBHE
MOJIEKYJISIPHOM OpraHu3aiu OMoMeMOpaH, TaK M B OTHOLIEHUHM HX
(YHKUMOHAIBHBIX XapakTepucTuk. Hanbomnee THNMYHBIMHA U3 HUX SIB-
JSIFOTCS: OTPAaHMYCHHE MOJICKYJISIPHOM MOJABMKHOCTH (pocdonununos;
MOSIBJICHUE «IEPEKHCHBIX KJIACTEPOBY» B JIMIUAHOM OHCIIOE, yMEHbIIIe-
HHUE KOJMYECTBA JXKUJIKHUX JIMIUAOB B MUKPOOKPYKEHUH MeMOpaHHBIX
0ENIKOB M HapyLIeHUE JIMMUA-OETKOBBIX B3aUMOJACHCTBUHN, yCTpaHEHHE
XapakTEepPHON IS HATHBHBIX MeMOpaH TPaHCOWCIOWHON acHMMETpHH
JUTHIOB, YMEHBIIEHNE TOJIIHUHBI TUAPOPOOHOH 30HBI MEMOpaAH U yCH-
JIeHHe TpaHCMeMOpaHHOW MHUrpaldi MHTETPalbHBIX OENKOB, MOsBIIE-
HHUE KaHaJIOB MPOHUIAEMOCTH AJISl MOHOB, CHIKCHUE KAaTaJIUTHYECKOU
aKTUBHOCTH M TEPMOCTAOMIIEHOCTH MEeMOpaHHBIX OEJKOB, CHIDKEHHE
AIIEKTPUIECKOW MPOYHOCTH MeMOpaH (YMEHBIIEHUE TOTeHIUana Mmpo-
00s1), ux nesuHTerpauus U pparmenrtanus. Hanbomnee HarisimHo Bee U3-
MEHEHUsI IPOSBIIIIOTCS Ha IPUMEPE CapKOIUIa3MaTHIeCKOTr0 PETUKYITY-
Ma MHOIIUTOB.

[Npy MHAYKIMH MIEPEKHCHOTO OKKCIICHHS JIMIUIOB B CApKOIIa3MaTHye-
CKOM PETHKYTyME MBILIEUHBIX KIETOK HApyILAeTCs TPAHCTIOPTHAS (PyHKIMS
KanbIpeBoro Hacoca. Kosdguument Ca’/AT®, B HOPMAIBHBIX YCIOBHSX
COCTABIISIFOLIMI BETMUMHY, PaBHYIO 2, CHIKAeTCS N0 Mepe HAKOIUICHHS B
MeMOpaHax MPOAYKTOB JIUIIONIEPEOKHCIieHrs. B ocHoBe aToro addexra ne-
JKUT yBEJIMYEHHE NMPOHHLAEMOCTH [UIsI HOHOB MEMOpaH CapKOIUIa3MaTHye-
ckoro perukynayma. Karammtuueckas aktuBHOCTh Ca-AT®azer Gonee yc-
TOMYMBA K MHIYKIWH JIMIIONEPEOKUCIICHNS, HO Ha OoJiee TIO3IHUX CTaHsIX
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[TOJI mposiBisiercst u ee mATHOMpOBaHue. [lo-BUIMMOMY, 3TOT TpoIIece
00yCJIOBJIEH HAKOIUICHHEM MEXMOJIEKYIISIPHBIX OCJIKOBBIX CIIWBOK.
Kpome atoro Habmogarorest 1 npsimoe okucienue monekyn Ca-AT®Pa-
3B TIOCKOJIBKY OHA COJAEPKUT JIETKO oKucisiemble SH-rpynme! B cocra-
Be akTuBHOTO LeHTpa. [Ipu okucnennu Ca-ATda3bl oHa IpeBpalaeTcs
B HEPETyJIMPYEMBbIM KaHal AJIs KaJlbLus, Yepe3 KOTOPbI 3T MOHBI Ha-
YHHAIOT BBIXOAUTH U3 IOJOCTEH PETHKYJIyMa B IIMTOIIA3MY, HapyIuas
KaJIbIIMEBBIII TOMEOCTa3 M TeM caMbiM paboTy Ca-KOHTpPOIUPYEMBIX
CUCTEM KJEeTKH (puc. 62).

AKTHUBHOCTH MHOTHUX MEM- ATR
OpaHHBIX (PEPMEHTOB CYIIECT- AT®
BEHHO 3aBHCHT OT MHKPOBS3- AP,
KOCTH MEMOPaH U XUMHYECKOI /) AQ®

IPUPOABI OKPY>KAIOIINX OETIKU
munuaoB. Tak, Hampumep, me-
His (GOChOIMIMUAHBIA COCTaB
BE3UKYJI, B KOTOPbIE BCTPOCHA
Ca-ATdaza, MOXXHO 3aMETHO
BJIHMATH Ha AKTHUBHOCTH (Qep-
MEHTa, IpUYeM, YeM MEHbIIEe
MUKpPOBSI3KOCTh  JIHITUJIHOTO
Oucnos, TeM BBIIIE CKOPOCTh
pabotel Hacoca. IIpu usmene-  Cmocobnocts  AT®asel  THApOIH-
HHHM TEMIIEpaTypbl B dKCrepu- — 30BaTh - AT®  coxpansgercs, HO
MEHTE MUKPOBSI3KOCTH Jumujp- ~ KaIbUMM - HE  HakaduBaceres, — a,
HOTO 6I/ICJ'[0$[ U aKTUBHOCTD HaO60pOT, HAYUWHACT BbIXOJUTHh U3
Ca-AT®as3bl H3MEHSIOTCS CHH- Do iy IYMa: HOHF bl facoe
MMPEBpAaTUIICA B MOHHBIU KaHaJl.
XPOHHO. YBEIMYEHHE MHKpPO-
BSI3KOCTH JIMITUIHOTO CJIOS BBI-
3BaHHOE OKHCcIeHHeM (HocoNMnuaoB, TaKKe NPUBOIAUT K CHIDKCHHIO
aKTHBHOCTHU (hepMeHTa.

OTH AaHHBIE TOBOPSAT, YTO XOTsS MPUCOEAMHEHHE cyOcTpara u
ero mpeBpameHus Ha tene AT®a3sl MpoUCXOAsAT, B OCHOBHOM, B
rUAPO(OUIBHOM OKPY)KCHHH, PEaKIUHU, CONPSDKEHHBIE C IEPEHOCOM
WOHOB, 3aTParuBarOT OEJIKOBBIC JOMEHBI, MOTPYKCHHBIE BHYTPb
6ucnos. OHM TO U ONpPENENAI0T YYBCTBUTEIBHOCTh TPAHCIIOPTHOTO

ca2*

WuTtakTHas MospexaeHHan
Ca-ATdasa Ca-ATdaza

Puc. 62. Hapymenue paboTbl
Ca-AT®a3s1 nocie NOBPEKACHUS
(hepMeHTa IO ISHCTBHEM TIpoIiecca
MIEPEKUCHOTO OKHUCIICHUS JTUTTH OB
MeMOpaH
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0edKa K COCTOSHHIO JIMTUAHOTO OKpykeHud. [lo-Buammomy, K yma-
KOBKE€ JIMIIUAHOTO OKPYXCEHUA YYBCTBUTCIIBHBI TC MCM6paHHI)Ie
(dhepMeHTBI, TPU PabdOTe KOTOPHIX MPOMCXOIUT U3MEHEHHE UX KOH-
¢bopmManum M, COOTBETCTBEHHO, KOH()OPMAIIMOHHO-aKTUBHBIE TIPO-
1ecchl U OyIyT 3aBUCETh OT MUKDPOBS3KOCTH MEMOpAaHHBIX JHUIIH-
noB, JlelicTBUTENBbHO, OBUIO MOKa3aHO, YTO CKOPOCTh pacmana ¢ep-
MeHT-pochaTHOTO KOoMIiekca Ca-ATda3pl yMeHbIIAaETCSI C POCTOM
MUKPOBA3KOCTH. 9T10 MMOATBEPKAACT, YTO Ha 3TOH cTaguu MpoucCxo-
OUT KOHQOPMAaLMOHHBIN CIABUT, CBSI3aHHBIN C IEPEHOCOM MOHOB 4e-
pe3 MemOpany. [ToBbIlIeHHE MUKPOBA3KOCTH KJIETOYHBIX MEMOpaH
BCJICACTBUE HM30BbITKA XOJECTEpHHA WM IMEPEKHCHOTO OKHCICHUS
MeMOpaHHBIX JIMIUJIO0B MOXET MPUBECTH K YXYIIIEHHUIO PaboThI
(DEepPMEHTHBIX CHCTEM, OCYIIECTBISIOMHX BhiKaunBanue Ca’’ wu3
KIETKH, U B pe3yjibTaTe K HAPYIICHHUIO KalbIIHEeBOTO IOMEOCTa3a
KJICTKH.
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8. IEPEJAYA (TPAHCAYKIUS) THOOPMALIUU YEPE3
KIIETOYHYIO MEMBPAHY

BakHOe CBOHCTBO BCEX JKHBBIX CYIIECTB — CIIOCOOHOCTh BOCIPUHH-
MaTh, iepepadaTbiBaTh U NepeaaBats nHpopMaiuio. HecmoTps Ha rpo-
MaJHOE pa3HOOOpa3We CHUCTEM IOJy4YeHHUs U TepepadoTku mHpopMa-
U, QYHKIHOHUPYIOMIUX B XUBOTHBIX U PACTUTENHHBIX OPTaHU3Max,
BCE OHM OCHOBaHbI Ha eMHOM HpuHIue. [Iporecc monyuenus uugop-
MaIi¥, KaK MPaBUIO, HAYMHACTCS C B3aMMOJICHCTBYsI CHTHANIA (XUMHU-
YECKOTO areHTa, KBaHTa CBETa, MEXaHMYECKOTO BO3ACWCTBUS U T.II.) C
perienTopoM — MeMOpaHHBIM OenmkoMm. Cleayromuid dTam — mepeaada
WHQOPMaIH B LEHTP NMepepadoTKH HHQOpMAINN, HAXOAALIMNCS BHYT-
P KIETKU. DTOT MPOIECC MPOUCXOJIUT C MOMOIIBK BTOPUYHBIX MEC-
CEHDKEPOB (TIOCPETHUKOR).

B oTBeT Ha mosiy4eHHEe CUTHAIA BTOPUYHOTO MECCEHKEpa B KIICTKE
MPOUCXOAUT OHOXUMHYECKAsT MOIU(DUKAIUSA CHEIHATU3NPOBAHHBIX
MOJIEKyI-3pPEKTOPOB, Yepe3 KOTOphie U (HOpMHUPYETCS OTBET OMOIIOTH-
YecKoit cuctemsl (puc. 63).

HNmenHO 10 TakoMy NpHHIUIY (YHKIIMOHUPYIOT HEPBHAs, TOPMO-
HaJNbHAs U IMMYHHAasI CUCTEMBI )KHBOTHBIX, Ha TaKHe K€ CTaJUU MOTYT
OBITH pa3ioXeHbl U (HOTOOMOIOTHYECKHE MPOLIECCH], MPOTEKAIOIINE B
OpraHu3Max Kak XUBOTHBIX, TaK U B pacTeHuid. OOIuUi MpUHLIKIT ACi-
CTBUS BCEX CHCTEM IpHeMa W nepefadn HH(pOpMaluu CBS3aH HE TOJb-
KO ¢ XHMHYECKOW MoauduKanueld MeMOpPaHHBIX OEITKOB, HO U C U3Me-
HEHHEM KOHIICHTPAIIMU 3apsDKCHHBIX HOHOB BHYTPH U BHE KIICTKH,
(dbopMupoBaHue TpaHCMEeMOPaHHOTO MOTeHIMana. B mocnenHee BpeMs
BBLSICHHJIOCH, YTO 3TOT MPOIECC WTPAET BAXHYIO (DH3HOIOTHYECKYIO
POJIb HE TOJILKO B HEPBHOM TKaHU, HO U IpH nepepaboTKe HHpOpMauu
B TPOMOOITUTAX, TUM(OLUTAX, TYUHBIX KIETKaX.

CurHanpHbIE MOJIEKYJIbI, BKJIFOUAsi MOJIEKYJIbI OOJBIITMHCTBA TOPMO-
HOB, KaK IMPaBHJIO, HE MPOHUKAIOT BHYTPb KIETKH, a CHEHU(DUICCKH
B3aMMOJICHCTBYIOT C pPElENTOPaMHU, JOKAJIU30BAaHHBIMM BO BHEIIHEH
KIETOYHONH MeMOpaHe W NPEICTABISIONIMMH COOOW HWHTErpabHEIC
MeMOpaHHbIE OeNKH, IONUNENTHIHAS IEeNb KOTOPBIX IPOHU3BIBAET
TOJIIY MEMOpaHbl HECKOJIBKO Pa3 U KOTOPHIC MOT'YT ObITh BBIJACICHBI U3
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MeMOpaHBI TOJNBKO IOCIIE ee pa3pyIleHus, HallpuMep, C TOMOIIBIO Jie-
tepredTa. CTEpOUAHBIC U THUPEOHMIHBIC TOPMOHBI, Oyayun THIPOdHOO-
HBIMH TI0 CBOEW TMPHUPOJE, CIOCOOHBI NMPOHHUKATH 4Yepe3 IuIa3MaTHye-
CKYI0 MeMOpaHy BHYTPb KIETKH, I'JIe OHH B3aHMOJICHCTBYIOT C pacTBO-
PUMBIMHU PELIEITOPHBIMU O€JIKaMHU, JTOKAJTM30BaHHBIMHU B LIUTO- U (MJIN)
HykJeoriazMe. OHU NPEACTaBIISAIOT, O-BUAUMOMY, 3BONIOLMOHHO 00-
Jiee TIPUMUTHBHBIA (HO W OoJiee rapaHTHPOBAHHBIN) CIIOCO0 mepeaadn
nH(pOpPMAIIH.

PazHooOpa3Hble MOJIEKYJbl, WHULMUPYIOIIUE TpaHCMEMOpaHHYIO
repeady CUTHAJIOB, aKTHBHPYIOT PEUENnTOpPhl, JeHCTBYS HA HUX OOBIY-

HO TIPU OYeHb HU3KHX KOHIIEHTpAIusX, nopsaka 10°°M.

He#poue matops DeNEnBo-Nen THIHELE CTepoHIREE H
TOpPMOBEL THP OB THEIE
KATEXOJAMHHEL, TOPIMOEEL
DPOCTArIAH THAE]
HIp.
+ BHyTpixIeTOqHELE
Mewbpatmnie MembpaHnse PenenTopEL
PEIEITOPRI- pPENENTOpH
EaBATOHOPMEDEI + l
C0pazoBaRHE | Azpo ‘
BTIOPHYHEL
TIOCPETHHKOR #
v | MPHK |
Hauenerme XuvETecKan +
MEMOPAHHOID MOTHpHEAITHT
TIOTeRLAATA 0EIKOB | CuATes Genka ‘
BHoaor HaeckHE BHOJOTHIECKHE | Brodor HaeckHE
abdest afidresT et
(MEULTHEC EEYHIH) (MHBYTBL) (2acer}
S i S S

Puc. 63. Tpu 0OCHOBHBIX MeXaHH3Ma HEHPOIHIOKPUHHON
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Ba)xHO IOMHUTB, YTO MMOBEPXHOCTH KUBOTHOM KIJIETKH OYEHb JWHA-
MUYHa. BHYTpHKIIETOUHBIE BE3UKYJIBI YaCTO CIMBAIOTCS C IIa3MaTHye-
CKOM MeMOpaHOM, a y4yacTKH IUIa3MaTHYECKOH MeMOpaHbI, B CBOIO Oye-
penb, MOTYT OTIIHYPOBBIBATHCS C OOpa3OBaHHWEM BHYTPHKIETOUHBIX
BE3UKYJI. DTU IPOLECCHl COCTABIAIOT YacTh SHAOLMTO3HOIO U 3K30LU-
TO3HOTO ITyTEH, B KOTOPBIX PELIENTOPBI TAKXKE UTPAIOT BaXKHYIO POJIb.

8.1. THIIBI PEIIENITOPOB

PentenTroprbpie Oenku mendrcs Ha J1Ba Kiacca: TIO0YIsSpHBIE H MEM-
Opannbie. [lepBbie NpeACTaBISAIOT cO00M CBOOOHO IIABAIOIIUE B IHU-
TOIIa3Me KJIETKH BBICOKO a(MHHBIE K ONpEeeICHHBIM THIIAM MOJIEKYIT
coequHeHus. [losBneHre MUTaHIOB UIS ATHX PEIENTOPOB B IUTOIIIA3-
M€ TPUBOJUT K U3MEHEHUIO CBOWCTB ITUX PEICTITOPOB U BEHIOJIHEHHIO
umu cBoux (yHKimid. Hampumep, comoOHIM3upoBaHHas MPOTEHHKH-
Ha3a C, CBs3bIBas MOHBI KAIBIUS, PUCOEANHACTCS K MeMOpaHe W Ha-
YHHAET aTaKoBaTh MeMOpaHHbIe cyOcTpaThl. JIpyruM npuMepoM Takoro
crioco0a yrnpaBiieHH SIBJISIETCS pETYJIISIHS CHHTE3a HEKOTOPBIX KIeTOY-
HBIX OCJIKOB allbI0CTEPOHOM — MOSABIISISICH B KPOBHU, 3TOT THIPOPOOHBIH
TOPMOH JIETKO NMPOHUKAET Yepe3 KIETOYHYI0 MeMOpaHy, HaXOAUT B IH-
TOIUTa3ME CBOW pelenTop W o0pa3yeT ¢ HUM KOMIUIEKC, CIIOCOOHBIN
NPOHMKATH B sAp0. Tak KOMIIJIEKC pacnafacTcs U BBICBOOOKIAIOIIUIiCS
pElenTop CIyXUT (PaKTOPOM HHHUIHAINH IKCHPECCHH COOTBETCTBYIO-
IIUX TCHOB.

Jpyroii mpumep nepenadn HHPOPMALUK — 3TO WHTErpalibHbIE Oel-
K{, KOTOpBIE CBS3BIBAIOT CHI'HAJbHBIE BEIIECTBA HA BHEIIHEH CTOPOHE
MeMOpaHBI U 32 CYeT U3MEHEHUSI CBOel KOHPOPMAIMH TeHEPUPYIOT HO-
BBl CHTHAJ HA BHYTPEHHEH CTOpOHE MEMOpaHEI.

Penentop, BHE 3aBUCMMOCTH OT MPUPOABI CBS3BIBAIOILETOCA C HUM
s dexTopa, nMeeT OOIMUI TJIaH CTPOSHHUSA: YIACTOK, PACIIOIOKCHHBIN
BHE KJICTKU, BHYTPUMEMOpPaHHBIN yUacTOK M yYaCTOK, TIOIPYKESHHBIN B
nUTOIUIa3My. BHEIHUI U BHYTPEHHHUI y4YacTKH pelenTopa sBISIOTCS
BapraOeNbHBIMH, €T0 CpeIWHHas 4acTh — KOHCTaHTHOW. N-KOHeI[ pe-
nenTopa (BHEIIHWH) crienu¢uYeH K BHEIIHEMY CHTHally, TOTAa Kak
BHYTpeHHHI C-KOHel — K aCCOLMUPOBAHHOMY C PELeNTOPOM BHYTpH-
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KJIeTouHOMy Oenky. CBOMCTBA ITOCIISTHETO M OTPENETISieT, ¢ KaKOW W3 BHYT-
PUKIIETOYHBIX CUTHAIBHBIX CUCTEM OyJIeT OCYILIECTBIISATHCS B3aUMOICHCTBHE.

B paccmaTtpuBaeMoM ciydae cam cHrHaji, OyJb 3TO XUMHUYECKOE Be-
IIECTBO, KBAHT CBETA, WM JIa)Ke MEXaHUYECKOE BO3ICHCTBHE, OOBIYHO
HE MPOHHUKAET BHYTPH KIETKH, a Ipeodpa3yercs B pe3yabTaTe MOAUH-
Kalluu MeMOpaHHBIX OENKOB, KOTOpas MPUBOAUT K 00pa30BaHHIO (BHI-
CBOOOXKIEHHIO ) MOJIEKYJI TOCPETHUKOB — BTOPUYHBIX MECCEH]IKEPOB.

B obmem Buae mepemauya curHama depe3 MeMOpaHy MOXKET OBITH
CBEJICHa K TPEM OCHOBHBIM CTaJuAM: | — B3aMMOJAENCTBHUE CUTHAJIBHOMN
MOJIEKYJIBI ¢ perenitopoM, 11 — koHpopMaImoHHas IepecTpoKa perern-
TOPHON MOJIEKYJIbI ¥ M3MEHEeHHEe (YHKIUU CIeIUATU3UPOBAHHBIX MEM-
OpaHHBIX 0eJKOB — mocpeaHuKoB, [ — oOpazoBaHne «BTOPUYHBIX MeC-
CEHDKEPOB» — CPABHUTEIBHO HEOONBIINX MOJIEKYJ (MOHOB), TUdy3us
KOTOPBIX B KIIETKE K OMPEIeIEHHBIM CyOKIIETOUHBIM CTPYKTypam obec-
MEYNBAET CTPEMUTEIBHOE PACIPOCTPaHEHHE CUTHANA. MeXaHu3MBbI Tie-
penaun MH(GOpMAIMU B )KUBBIX CUCTEMaX YHUBEPCAIbHBI — BCE TpoMall-
HOE pa3HOooOpa3he CUTHAJIOB, MOYYCHHOE PA3IMIHBIMH PEIeNnTOpaMH,
npeoOpa3yeTcs Mo eANHOMY IPHHIMITY 3a cdeT uaeHTuaHocTy 11 u 111
CTaauii nepenavr HHGopMauu yepe3 MeMOpaHy.

PasnmuuatoT Tpu THIa penentopos (puc.). 1. Perentopsr mepBoro
THIIA SIBISIOTCS OCKaMU, UMEIOIUMH OJJHY TPaHCMEMOPaHHYIO TI0-
JUNENTUIHYIO elb. DTO ajloCTepUuecKue QepMeHThl, aKTUBHBIN
LEHTP KOTOPBIX PACIOJIOXEH Ha BHYTPEHHEH CTOpPOHE MEMOpaHBI.
MHorue W3 HUX SBISIOTCA THPO3WHOBBIMH INpOTeHMHKHHa3zamMu. K
ATOMY THITYy NPUHAJICKAT PEIENTOPhl MHCYJHNHA, POCTOBBIX (ak-
TOPOB ¥ ITUTOKHUHOB.

CBsI3pIBaHNE CHTHAIBHOTO BEIECTBA BENET K JUMEPHU3AINH Peller-
topa. [Ipu sToM mporcxomut akTuBaIms hepmenTa u hochopuupoBa-
HHUE OCTaTKOB TUPO3WHA B psisie OenkoB. B mepByto ouepens dochopu-
JMpyeTCsl MoJieKyJIa petentopa (aBTohochopruIupoBaHue).

2. AHcaMOiH perenTopoB ¢ HOHHBIMU KaHaJaMHU. DTH PEUeNTOPHI
ABIIIIOTCS OJINTOMEPHBIMA MEMOpaHHBIMH Oelikamu, 00pa3yoUMH
JUTaHJ-aKTUBUPYEMBI MOHHBIA KaHai. CBs3bIBaHHE JUTAHIA BEIET
K OTKpbIBaHMIO KaHasa jis moHoB Na', K umu CI'. ITo TakoMy MeXaHu3-
My OCYILIECTBIISIETCS IEHCTBUE HEUPOMENUATOPOB, TAKUX, KaK alleTHIIXO-
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Puc. 64. OcHOBHBIE THITBI MEMOPAHHBIX PELIETITOPOB

C — BHemHu curHai; Pip — perenTopHbIi 0elloK; WHAEKC * MpH KOMIIO-
HEHTE CHUTHAJIBHOM CHCTEMbl O3HAYAeT, YTO OH HAaXOAWTCS B COCTOSHHH
«BKIIIOYEHO», 0. — 0-CyOBpenuana G-0enka, KoTopas MOXeT HaXOANUThCS B
cBs3aHHOM ¢ TyaHosuHAn(pocdarom (['/I®) mmm ryanozuHTpubOCchHaTOM
(I'T®) dopme; Py — GyHKIFOHMPYFOMINIT Kak eAWHOE IIeJI0e KOMIUIEKC -
u y-cyopequann G-6enka; P — ¢ochaTHbIit ocTaTOK (OCTaTKM), KOBAJICHT-
HO CBSI3aHHBIHN ¢ perientopoM; D¢ — d3PPEeKTOpsl. A — peHenTopsl, COMpsi-
xeHHble ¢ G-0enkamu; b — penenTopb—MOHHBIE KaHaJbl; B — perenTopsl,
aCCOIIMUPOBaHHbIE C PEPMEHTATHBHOW aKTUBHOCTBIO.

JMH (HUKOTHHOBBIE pententopsl: Na'- u K'-kaHanbl) 1 y-aMHHOMACTISHAS
kucnota (CAMK A-peuenrop, siemstrouuiics Cl kaHanom).

AHcaMO0Il1 peenTopoB ¢ HOHHBIMU KaHANaMH — 3TO MHTErpajibHbIE
MeMOpaHHbBIE OJUTOMEpHBIE OEIKH, COCTOSIINE U3 HECKOJIBKUX CyOne-
JTUHUILL, TOJTUNENTHIHAS LeMb KOTOPhIX HEOJHOKPAaTHO MepeceKaeT Ha-
PYXHYIO KJIETOUHYI0O MeMOpaHy. KpoMme KaHanbHBIX CTPYKTYp OHH OJI-
HOBPEMEHHO COZEPKaT OeJIKOBBIE PELENTOPBI, KOTOPBIE CIIOCOOHBI CIIe-
IU(QUIECKH CBA3BIBATH C BHEIIHEH CTOPOHBI MeMOpaHBl JIMTAHIHI,
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M3MEHSIOIIE HOHHYIO ITPOBOAMMOCTH KaHana. PerenTopsl JaHHOTO THIIA
UCTIONB3YIOT B KayecTBE MEPBUYHBIX CHUTHAJIOB HEKOTOpPbIE HEHpoTpaHCc-
MUTTEPBI, OTBEYAIOIIME 332 CHHANTHYECKYIO TEpefady B JJICKTPUYSCKU
BO30yIMMBIX KieTkax. Kilaccuueckne mpuMepsl Takoro poja — 3T0 KaTH-
OHHBIE ALETUIXOJIMHOBBIE pellenTOphl. FIOHHBIE KaHANIBI ATUX PELETITOPOB
MOT'YT HaXOJUTHCS B TPEX OCHOBHBIX COCTOSHHMSX: 1) 3aKpPBITOE COCTOSIHUE
(B OTCYTCTBHE BHEIIIHETO CHTHAa); 2) aKTUBHPOBAaHHOE (OTKPBITOE) CO-
cTosiHME (TIEPBUYHBIN MECCEHIKED CBA3aH C PELENTOPOM); 3) WHAKTHBH-
POBaHHOE (3aKPBITOE) COCTOSHUE — MOXKET HACTYIaTh, KOTJa TEPBUYHEIMA
MECCEH]KED eIIle CBSI3aH C PEIeTTOPOM.

3. Penenrtopsr TpeThero THuma, conpspkeHHBIC ¢ ['Td-cBsI3pIBaIONTH-
mu O0enkamu (I'Tdazamu). [lonunenTuaHas 1enb 3TUX OSIKOB BKIIIOYA-
€T ceMb TpaHcMeMOpaHHBIX Tshked. Takue penentopsl NepeialoT CHT-
Haja ¢ moMorpio [ Td-cBsa3pBaromux OenkoB Ha OeaKH-2¢hGHEKTOPHI,
PAacIoNoKEHHBIE Ha COCEHUX YYacTKax MeMOpaHbl UM B IIUTOILIA3ME.
OyHKIMS 3THX OCJIKOB 3aKII0YaeTCs B TOHKOW MOAW(UKALMK KIeTOY-
HOTO MeTabom3Ma.

Takum o0Opa3oM, CBS3BIBAaHHE CHUTHAJIBHONW MOJIEKYJIBI ¢ MEeMOpaH-
HBIM PELENTOPOM BJIEYET 3a COOO0H KaKkoW-IIMOO0 U3 TpexX BUIOB BHYTpPH-
KIIETOYHOTO OTBETA, KOTOPHIE U OyAyT pACCMOTPEHBI HUXKE.

Pententopsl, acconmupoBaHHbIE ¢ (DEPMEHTATUBHOW aKTHBHOCTHIO,
MO CcBOeH cyOBeIMHUYHOHN CTPYKTYype BechbMa pazHooOpasHbl. Kak mpa-
BUJIM, OHHM TPEICTaBEHbl MOHOMEpPHBIMH O€JIKaMH, HO MOTYT JIETKO
00BEMHATHCS B OJIMTOMEPHBIE MEMOpaHHbIE aHCAaMOJI B 3aBUCHMOCTH
OT TPUCYTCTBUS MEPBUYHOTO MecceHkepa. [IpakTudeckn y Bcex 3Tux
PEIENnTOPOB MONUIIENTHIHAS 1T MePEeceKaeT KISTOYHYI0 MeMOpaHy
€AMHCTBEHHBIN pa3. OOmuUM y HUX SBISIETCA TaKKe TO, YTO y9aCTOK
JUTSE BOCTIPHSITHA TIEPBUYHOTO CHUTHAJIA JIOKAJIM30BaH HA CTOPOHE, 00pa-
HIEHHOW BO BHEKJIETOYHOE NMPOCTPAaHCTBO. 110 MexaHu3My B3auMonei-
CTBUS C IIUTOIIa3MaTHYECKUMHU MHILEHSAMHU PELENTOPH! JaHHOTO THUIA
pa3mensioTcs Ha JBE TPYIIIBL

[epBas rpymmna BKIOYAET pelenTOphI-QepMEHTHI, ¢ HUTOIIa3MaTH-
YEeCKOM CTOPOHBI KOTOPBIX HAXOJUTCS KATAINTHYECKUH Y4acTOK, aKTH-
BHPYEMBIH IpH IEHCTBUN Ha PEIENTOp BHENTHETO curHaia (puc. 65). K
HUM OTHOCHUTCSl OOIIMPHOE CEMEHCTBO DPELENTOPHBIX THPO3WHOBBIX
NPOTEMHKUHA3, CIOCOOHBIX K ayTo(ochOPHINPOBAHUIO IO TUPO3IHHO-
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Puc. 65. OcHOBHBIE CUTHAI-TPAHCIyKTOPHBIE CHCTEMBI KIETKH

All — apenmnunnuknasza, ['ll — ryannnunuukinaza, KM — kanbMoayius,
KM-IIK — kamsmonymuHoBas [1IK, ®JI C — pochonumaza C, PU — docdo-
uo3utuapl, X — Qocharumun-xonun, Ud; — wunO3MTONTpHDOCHhAT,
JAT —mmanmnrmunepun, UH — uacynma, ®PK — ¢dakTopsr pocta KIIeToK,
K — nutokussl, TK — Tupo3nnkuHasza

BBIM OCTaTKaM, a Takke K (pocopminpoBaHUIO THPO3HHOBEIE OCTATKH
Opyrux OenkoB-muiieHei. K 9Tol e Tpymnme OTHOCSTCS pelenTopEl,
oOmagarontue npoTenHpochaTasHON aKTHUBHOCTBIO, KOTOpBIE Aedocdo-
puHpyIoT HochoTHPO3MHOBEIE OCcTaTKH OenkoB-MuIieHe. Kak kuHa-
3bl, Tak U (ocdara3bl BOBICKAIOTCS B PETYJSALUI0 TaKUX BaXKHEHIINX
COOBITHH, KaK KJIETOYHOE JeneHue, nuddepeHunpoBKa, pa3BUTHE UM-
MYHHOT'O OTBETa.

Bropas Tpymma paccMaTpUBaeMbIX PEIENTOpOB COOCTBEHHOH (hep-
MEHTATHBHOW aKTUBHOCTBIO He oOnagaer. OAHAKO B IMPHUCYTCTBHH
BHEIIHETO CHTHAJIa OHU IPHOOPETAalOT CIOCOOHOCTH CBSA3BIBATH LIUTO-
TuiazMaTHYecKre (He pelenTopHbIe) MPOTEHHTUPO3IMHKHHA3EI, KOTOPhIE
B CBOOOJHOM COCTOSIHUM HEAaKTUBHBI, HO B KOMIUIEKCE C PELENTOpOM
akTUBHpYIOTCS U (Qocopuiupyror ero. Brimouenue ¢ocdatHbix oc-
TaTKOB B TAaKOH PEIENITOP-«IKOPb)» CO3/IaeT YCIOBHS IS CBA3BIBAHMUS C
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HUAM JIPYTUX OEIKOB-MHIIEHEH, KOTOPBIE Takke (HOChHOPUIUPYIOTCS U
TE€M CaMbIM MepearoT CUrHaji. B 3Ty rpynmy BXOAsST peLenTopsl, yda-
CTBYIOIME B Pa3BUTUM UMMYHHOI'O OTBETa, & MIMEHHO: PELENTOPHI aH-
TUTEHOB M PEIENITOPHI INTOKUHOB, MJIN HHTEPIICHKUHOB.

Psin 6enxoB (3¢(exTopoB) ocyliecTBIsAeT CBOM (DYHKINHU B PE3yJib-
tate QocopunupoBanuss HAMD-3aBUCUMBIMH [TPOTEHHKHUHA3AMHU.
Mornekyna NpoTeMHKUHA3bl COCTOUT U3 ABYX CYOBEAMHHIL: PEryJsTop-
HOHM M KaTamuTHuecKol. MAM® CBSI3BIBAETCS C PETYJIATOPHON CyObhe-
JUHHUIEH, YTO MPUBOAMUT K OTAEICHUIO KaTaJIUTHYECKONW CyObeTuHHUIIBI
(oHa cTaHOBHTCS aKTHBHOHN) U (OCHOPHUIMPOBAHUIO COOTBETCTBYIOIIE-
ro Oenka. bompmioe ceMeiicTBO MPOTEMHKHHA3 TMOApa3ensercs Ha
TPYIIIBI IO MEXaHU3MY aKTHBalUK U 1o TUiy cybctpara. [IK-A aktu-
Bupytorcs HAM®, IIK-G — nI'M®, [IK-C — pumanuiriuneposom,
Ca’’/kaIbMOTy THH-3aBHCHMbIE KHHA3BI — HOHAMH Kautbius. Kiaccudu-
Kalysl TI0 TUITy cyOcTpara 3aBUCHT OT TOTO, Kakas aMHHOKHCIOTa (oc-
¢bopunpyercst JaHHBIM (EPMEHTOM — U3BECTHBI THPO3UHKUHA3HI U Ce-
PHH/TPEOHNHKUHA3bl. MHOTHE NPOTEHHKUHA3bl SIBIAIOTCS PacTBOPU-
MBIMH O€JIKaMH, JPYTHE OTHOCITCA K MEMOpaHHBIM OelIKaM, HMEIOIITIM
TpaHCMEeMOpaHHbIE TOMEHBI WIIM 3asKOPEHHBIM Ha MeMOpaHe C IoMo-
IIBIO KUPHBIX KUCIIOT.

8.1.1. G-BEJIKU U BTOPUYHBIE MECCEH)KEPBI

B HacTrosimee BpeMsi B OCHOBY KJIaCCH(MKALMH KJIETOYHBIX CHUT-
HaJIBHBIX CHCTEM IOJIOKEHBI BTOPUYHBIE MECCEHKEPHI U PETyIIH-
pyeMble MMH KJIETOYHBIE peakmuu. TakuM oOpa3oM, K YHCIy OcC-
HOBHBIX CHUTHAJIBHBIX CHCTEM OTHOCSTCA: LUKIOAICHUIATHAS;
Ca’"-pochonnozurontpuchochar-3aBucuMas; JTHIOKCHTCHA3HAS;
HAJI®H-okcunasnas (cynepokcua-cuntasnas); NO-cuHTasHas. B
nocjegHee BpeMms oco0oe BHUMaHHeE mpuBiekaeT MAP-kuHazHas
cuctema (Mitogen Aktivated Protein kinase), perynupytomas kie-
TOYHBIN UK. B GOJNBIIMHCTBE W3 HUX B Ka4eCTBE MPOMEKYTOUHO-
ro 3BeHa BOBJICKAIOTCS TaK Ha3biBaeMble G-OenKH.

Peuentoprl, compsixennele ¢ G-6enkamu (G-protein coupled
receptors, GPCR), mepenaroT CUTHaJI OT MEPBUIHBIX MECCEHIKEPOB
K BHYTPUKJIETOUYHBIM MHIIECHSIM ¢ nomonisio nenu GPCR => G-06e-
70K => s dekTopHbIli Oenok (puc. 66). [lepBUYHBIMU CHUTHAIAMU
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7 OTHUX PEHENnTOpOB CIy-
’)KaT pa3HOOOpa3Hble MOJIEKY-
JBI, CpeAH KOTOPBIX HU3KO-
MOJIEKYJIIpHBIE TOPMOHBI U
HelipoMenuaTopsl  (Hampu-
Mep, aJpeHaJuH, HopaJapeHa-
JUH, aUeTUIXOJUH, CEepOTo-
HUH, THUCTaMHH), OITHOUJBI,
TOPMOHBI MENTUIHOW U Oen-
KOBOW IpHUPOABI (aIPEeHOKOP-
THKOTPOTUH, COMaTOCTAaTHH,
Ba30IpEeCcCHH, AHTHOTEH3UH,
TOHAJAOTPONHH, dMHIEPMaTb-
HBIH (aKTOp pocTa), HEKOTO-
pble Heiponentuasl. B aTor
e pAl MOoMagarT MHOXKECT-
BO XMMHYECKUX CHUTHAJOB,
BOCIIPUHUMAEMBIX o0b6oHs-
TEIbHBIMH W BKYCOBBIMH
CEHCOPHBIMH KJIETKaMHu, a
TaKXe CBET, PEHENTOPOM IS
KOTOpPOTO CIYXHUT HUTMEHT
(GoTOpEeLEenTOPHEIX  KIETOK
ponoricuH (cM. pasmern 8.3).
OnuH ¥ TOT XKe TepBUYHBIH
CHUTHaJl MOXKET IlepeiaBaTh HH-
dbopmanmio Yepe3 HECKOJIbKO

T

Puc. 66. Cxema ctpoenus

Gpana
@
LMK NE3A
[HixT_)
s -

AIPEHATTMHOBOTO ¥ 00OHATEIEHOTO

peLenTopoB

a — COCTOSAHHE «BBIKIIFOYUCHO),
COCTOSAHHEC «BKJIIOYCHO». T

o —

TPaHCIIOPTHBIH 0enok, O — 0ZOpaHT.

pasubeix GPCR, tak uto ecnu uncio BHemHuX curHanoB At GPCR co-
CTaBJIICT HECKOJBKO JIECATKOB, TO CAMHUX PELENTOPOB M3BECTHO Ooiee

200.

Crnenyrommuii 3a perenTopoM KOMIIOHEHT CHUTHAJIBHOTO KacKaja
npexacraBied G-Oenkom. WaentuduuupoBano oxomno 20 paziaud-
HeIX G-OenkoB, Hambomee pacupoctpanenHble - Gs u Gi, KoTopbIe
COOTBETCTBEHHO CTHUMYJIHPYIOT M MHTUOUPYIOT aJACHWJIATLHKIA3Y;
G, aktuBupytomuit pocponunazy C; G-06elKn CEHCOPHBIX KIETOK:
¢otopeuentopHsix — Gy, (TpaHcaynuH), 00OHATENBHBIX — G U
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BKYCOBBIX — G,. G-0€JIKN — 3TO reTepoTpUMeEpPHl, KOTOPHIE COCTOAT
u3 CyObeIMHHUIl TPEX THIOB: o, B ¥ y. B ecTecTBEHHBIX YCIOBHUAX
nocienHue ABe CcyObeauHULbl (QYHKOIMOHUPYIOT Kak €IMHBIN
By-xomruexc.

Baxneiimas xapakrepuctuka G-0eIKOB — HMPHUCYTCTBHE Ha HX
a-cyOBeqUHUIIE LEeHTpPa CBI3BIBAHMUS TYaHUJIOBBIX HYKIJIEOTHIOB:
I'’1® u ['TD. Ectn ¢ G-6enkom cBsizan ['TD, To 3To cooTBETCTBYET
€ro aKTUBHPOBAHHOMY COCTOSIHHIO (Apyrumu cioBamu, G-0emok
HaXOJUTCS B MOJOKEHUH «BKIIOUEHO»). ECin B HYKICOTUACBA3BI-
BarolleM LeHTpe npucyrcrByer I'JID, 3TO COOTBETCTBYET BBIKIIIO-
YEeHHOMY coCTOsIHHIO. LleHTpanbHOe cOOBITHE IPH Mepeaade CUrHa-
Jla OT PeLenTopa, Ha KOTOPbIM NOACHCTBOBAI IEPBUYHBIN CUTHAT, K
G-0enKy COCTOMT B TOM, YTO aKTHBHPOBAHHBIH pELENTOP KaTalH-
supyer oomen ['JI®, cBszarmHOoTO ¢ G-0emkoM, Ha MPUCYTCTBYIO-
uui B cpeae ['TD. Oto cobeitue, o6o3nauaemoe kak ['JID/T'TD-
00MeH, COMpPOBOXAAETCS AUCCOUMALNEH TPUMEPHOH MoJeKysl G-
Oerka Ha ABEe (QYHKIMOHAJIBHBIE CYOBEIWHHIIBI: O-CyOBEIUHHUILY,
conepxamyto I'T®, u Py-kommiekc. Jlanee omaa u3 3TuX GYHKIINO-
HaJbHBIX CyObEINHHUII, KaKasi HMEHHO — 3aBHCHUT OT THUIA CUTHAJIb-
HOW CHCTEMBI, B3aUMOJECHCTBYET C 3P(DEKTOPHBEIM OCIKOM, Tpem-
CTaBIICHHBIM (DepMEHTOM WM KaTHOHHBIM KaHajoMm. Kak ciexuct-
BHe, (DYHKIMOHAJIbHAS aKTUBHOCTH d(dexTopa MeHSETCS, YTO, B
CBOIO OYepeab, IPUBOANT K U3MEHEHHUIO IUTOIIA3MaTHYECKON 00-
CTAHOBKH M B KOHEYHOM CUET€ MHUIUUPYET TOT UIIM MHOW KIIETOU-
HBIN 0TBeT. DP(HEKTOPHBIMU OETKaMH B CUTHAJBHBIX CUCTEMaX TH-
na GPCR => G-6enok => 3¢ pexkTopHBIii 010K MOTYT OBITH aJeHH-
JmaTnuKiIasa, katanusupytomas cuare3 tAM® uz ATD; docdonn-
maza C, rugponusyiomas GhochaTuIUINHOZUTON ¢ 00pa3zoBaHUEM
AT u IP3;; dochonuacrepasa, pacmeristomas nl M® go T'MO;
HEKOTOpPBIE THUIBI KaJIMEBBIX U KaJbLIMEBBIX KAHAJIOB.

Becpma BaxHO, YTO IpPH Meperade CUTHANA B KacKajae peLenTop
=> (G-0enok => 3(hPeKkTOpHBIN OCJIIOK UCXOJHBIN BHEIIHUN CHTHAI
MOXET MHOTOKPAaTHO YCHJIHMBAThCA. JTO MPOUCXOIUT Onaromaps
TOMY, 4TO OJHAa MOJIEKyJa pelenTopa 3a BpeMs NpeObIBaHMS B aK-
THBUpPOBaHHOM cocTtosiHuU (R*) ycmeBaeT mepeBecTH B aKTHBHPO-
BanHy0 Qpopmy (G*) Heckonapko mosekyn G-Oenka. Hampumep, B
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3pUTENIBHOM Kackane pomorncuH => Gt => nl M®-dochonudcrepasa
Ha KOKAYI0 MOJEKyly R* MoxeT o0pa3oBaThCsi HECKOJIBKO COT WIIH
Jaxxe Teicssd Mostekya G*, a 3To 03Ha4aer, 4To Ha MEPBON CTaluH Kac-
kaga R* => G* xoaddurmeHT ycuiaeHus BHENTHETO CUTHAIA COCTaB-
nstet 10°-10°. Xotst Ha cnexyromeii craaun kackaga (G* => sddex-
TOPHBIN 0eNoK) Kaxnaas Mosiekyna G* B3anMOJIEHCTBYET TOJIBKO C Of-
HOH Monexynoi 3QekTopHoro Oenka, CUTHAI 3[eCh TAKKE aMILIH-
¢unmpyercs, MOCKOIbKY Ha Kaxayto Moiekyiry G* u cooTBeTCTBEHHO
AKTUBUPOBAaHHOTO YPQeKTOpHOro OeiKa B IHUTOIIIA3ME MOSBISIETCS
(ucue3aer) OOJIBIIOE YHCIO MOJEKYJ BTOPHYHOTO CHTHaa. Tak, B
3pUTEIHHOM KacKajle Ha BTOPOW €ro CTaJuH OJHA MOJIEKYJa aKTHBH-
poBanHoi nl M®-pochoamnscrepaspl ciocoOHa paclieUTh B CEKYHITY
10 3 Teic. MoJiekys ul' M®, ciysxaiiero B pOTOPELENTOPHBIX KIETKAX
BTOPUYHBIM MecCeHIKepoM. [1oCKONbKY ycuiIeHHe BHEIIHEro CUrHa-
Ja Ha 00erX CTagusIX CyMMHPYETCs, B KOHEYHOM cueTe KodhduunueHt
aMIUIM(UKALUK CUTHAJIA TP €T0 MPOXOXKIECHUH Yepe3 KacKaa MOXKET
JOCTUTaTh BECbMA BBICOKUX 3HAYEHUII: B 3pUTENBHBIX KJIETKaX yCHJie-
HHE COCTaBIseT Beanuuny mopsiaka 10°—10°.

ScHO, 4TO ImpeKpaleHue AEHCTBUSI BHEIIHETO CTUMYJIA JOJIKHO
COIPOBOXKAATHCS «BBIKIIOYEHHUEM)» BCEX KOMIIOHEHTOB CUTHAJIBHON
cucteMbl. Ha ypoBHE pemenTtopoB 3TO JOCTUTAETCS, BO-TIEPBBIX, B
pe3ysbTaTe AMCCOIMALMM MEPBUYHOTO CHTHAJa U3 KOMILIEKCa C
GPCR, BO-BTOpHIX, myTeM (ocHOpUIUPOBAHUS PEUEHTOPOB MO
JEHCTBHEM CIIELHAIbHBIX IPOTEHHKHUHA3 U MOCIEAYIOMEro CBA3BI-
BaHUS C MOIM(PUUIHUPOBAHHBIM PENENTOPOM CIIEIMaJIbHOTO OenKa
(manpumep, B-appectuna). G-Oenku 00Iagal0T CIOCOOHOCTBIO THII-
ponu3oBaTh cBsA3aHHBIM ¢ HUMH ['T® g0 I'/I®, uto obecmednBaeT
WX WHaKkTHBanuo. M HakoHen, 94TOOBI mepexo] KJIETKH K MCXOJHO-
My (O AeHCTBUS BHEIIHEro CTUMYJAa) COCTOSHHUIO 3aBepIInCH,
ClielHaJbHbIE MEXaHU3Mbl BOCCTAHABIMBAIOT HCXOIHBIH YPOBEHb
BTOPUYHOTO MECCEeHKepa MIIM KaTHoHa B ee muToiuiazme. Hampu-
Mep, TAM®, nuTomiazMaTudeckas KOHLUEHTPAIUs KOTOPOTO MOBBI-
mraeTcsl MpU Iepefave CUTrHalla B Kackale P-aapeHopenentop =>
Gs-0emok => aaeHWIATIIMKIA3a, TUAPOIU3yeTcs 3areM HAMO®-
dbochoaudcTepazoil 10 HEMUKIMIECKOTo (ImHEeWHoT0) AM®, KOTO-
pBIi CBOMICTBAMH BTOPUYHOTO MECCEHJKepa He o0nagaeT.
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G-0enky OTBETCTBEHHHI 32 TPAHCMEMOPAHHYIO Iepeady CHUTHAJIOB
MHOKECTBA FOPMOHOB HJIM HEHPOMEIMAaTOPOB K pa3HOOOpa3HBIM MU-
mreHsM kietkd. Yersipe G-0enka K HacTOSIeMy BPEMEHN OYHILEHBI 10
TOMOTEHHOI'O COCTOSIHMSI U OHMOXMMHYECKH oxapakrepu3oBanbl: Gt
(Tpancmynmn), Gs, Gi u Go. Okazanoch, 4TO KaXIbI U3 HUX HMEET
YHHUKaJbHbIe MuIIeHH (3¢ dexTopubie Oenkn). Gt aktuBupyer ul M-
cnenuduuHyr0 (ocdomudcTepaly B HapyKHBIX CETMEHTaX MalI04eK
cetuatku; Gs u Gi, COOTBETCTBEHHO, CTUMYJIUPYIOT U WHTUOHPYIOT
aJICHUJIATLIMKIIa3y U PUCYTCTBYIOT BO BCEX KieTKax; (GO mpelcTaBicH
B OOJIBILIOM KOJMYECTBE B KJIETKaX MO3ra W, MO-BUIUMOMY, HHTHOUDY-
€T 3JIEKTPOUYBCTBUTEIbHBIN Ca”'-xanan B HelpoHax.

Pan cymectBennbix G-0enkoB moka He ouunmieH. Tak, Gp, KOoTo-
PBI UCHIOJIB3YET B KAUECTBE MHUILEHH (oCcPaTUAMIHMHOZUTOIICIICLIH-
¢nunryo dhocdommmnaszy C, mHULIIHHPYET OBICTPHIN pacnan pocdaru-
MUINHO3UTONA B IUIa3MaTHYeCcKod MemOpane u oOpa3oBaHHE He-
CKOJIBKMX BTOPUYHBIX mocpeanukoB. Hpyroit G-6enok, Gk, mo-Bu-
JAUMOMY, OTKpbIBaeT K'-crennduunble KaHabl B CepAEYHOM MBbILI-
e U Apyrux kietkax; Ge-0edKkHu y4acTBYIOT B PETyJISIIIMH 3K30IIH-
To3a. B HexoTopbIx cinydasx oauH G-0€J0K BHYTPH KIETKH MOXET
pearupoBaTh Ha CBSA3BIBAHUE JIUTaHAA C OJHUM U3 HECKOJIBKUX pa3-
HBIX pelentopoB. Takas cCUTyalusi UMEET MECTO, Hampumep, s
oenka Gk w3 ranrmuoHapHbIX KineTok Aplysia. Kpome toro, G-6e-
KM MOTYT MMETh Ooybllle OZHOW MuIIeHUW. B kauecTBe mpumepa
MOJKHO TIpuBecTH 0enok Gt, KOTOpeIH akTHBHpYeT Kak I M®D-doc-
¢dbonmsrcTepasy, Tak u poconunazy A, B HApYKHBIX CETMEHTaX Ia-
Jo4YeK ceTdyaTtku Obika. Ilo-BUAMMOMY, B 3TUX MpOLECCax ydacTBY-
10T paszinuHble cyOobeaununsl Gt.

Bce G-0Genku mpoyHO CBSA3aHBI C TUIA3MAaTHYECKOH MeMOpaHoi, 3a mc-
KITIOYEHHEM TpaHCAYIMHA, KOTOPBII MOXKET AUCCOLMUPOBATH OT MeMOpa-
Hbl. Hu onmHa m3 cyOpenuHun He SBISETCS TPAaHCMEMOpPAHHBIM OEIKOM.
OnHaKo 1Mo MeHbIIIel Mepe B HEKOTOPBIX CITydasX Y-CyObeJHHIIA AlIN-
pOBaHa U MOKET MPUCOETUHATHCS K MeMOpaHe C MOMOILBIO KOBAJIEHTHO
CBSI3aHHOM >KUPHOH KHCIOTHL. B KauecTBe Takoro sIKopsl [UIs 3aKpEIUICHUs
B MeMOpaHe G-0€ITKOB 9acTO HCIIONB3yeTCsS MAPHCTAT.

HaubGonee pacupocTtpaneHHBIMU MUIICHAMH G-0€IIKOB SIBIISIIOT-
cs ageHwinatuukiasza (s Gs u Go) u ¢ocponunaza C, oTBeTCT-
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BeHHas 3a runponus Gocharunmmmaozurona (s Gp). Moxynsaus
aJICHUIATIIUKIIA3bl IPUBOJUT K U3MEHEHHUIO BHYTPUKIECTOYHOU KOH-
ueHTpauuu HAM®, KOTOpHIH, KaK U3BECTHO, BIUIET HA MHOXKECTBO
BHYTPHUKJIETOYHBIX TporeccoB. OOHUM M3 MOCIEACTBHI yBelnue-
HUs conepxkaHus UHAMOD sgBusercs, HampuMep, CTUMYJISINSL
HAM®-3aBucUMON NPOTEMHKNHA3Bl (IPOTEMHKUHA3a A), KOTopas
B CBOIO ouepend (pochopunupyer crnenuduieckre OenKoBbie CyO-
crpatel. KineTku comepxar taxxke asa tTuma Ca’ -3aBHCHMBIX IIPO-
TEHMHKNHA3, aKTHBHPYEMbIX, COOTBETCTBeHHO, Ca’ +KanbMOIyIH-
oM u Ca’'+guamuirinneporom n dbocbhaTumuncepuHoM (IpoTe-
nakuHaza C). AKTUBHOCTH 00EWX ITHX KHHA3 PEryJIupyeTcs BTO-
PUYHBIMH MOCPEIHHKaMU, oOpasyoimumMucs npu ooMene dpocharu-
JMUIMHO3UTONA, KOTOpPasi BO MHOTHUX KIJIETKaX WHHUIIMUPYETCS MyTeM
G-0eJToK 3aBUCUMOMN aKTUBAIUM crierududeckon hochomumassr C.
MorekynspHble MalIMHBI, 00eCIIeUnBaIOIINE TIepeady CUTHauIa OT
PELEenTOpOB K BHYTPUKJIETOUHBIM MUIICHSIM, COCTOST, KaK IMPaBUIIO, U3
HECKOJBKAX OEITKOBBIX KOMIIOHEHTOB, COBOKYITHOCTb KOTOPHIX OOBITHO
MMEHYIOT KacKaJIoM TIepeladi CUTHAJA WA CUTHATBHBIM KAaCKaIOM.
Kak mbI Bupenu, moMuMoO OEIKOBBIX MOCPEIHUKOB B Iepenady
CHTHalla BHYTPH KJIIETKH BOBJIEKAIOTCS OTHOCHTEIHHO HEOOIbIINe
MOJICKYJIBI, CITyXalllie BTOPUIHBIMHU MOCPETHUKAMU, U MECCEH]I-
)Kepamu (OT aHTJ. messenger — MOCBUIbHBIN). B comepxanue gaH-
HOTO MOHSTHUS BKJIAJBIBAETCS CMBICH «CIEAYIOMMI MO LENoYKe me-
penauu curHana», a He BTOPUYHOCTH WJIM MEHBIIYI0 3HAYUMOCTH
nagHoro coeauneHwus. Jist 0003HAYEHUS] CUTHAIBHBIX MOJIEKYJI T10-
BCEMECTHO HCHOJB3YETCS TEPMUH «MECCEHIXKEP», a HE «IMOCpel-
HUK». J[emo B ToM, 4TO B IUTOIIa3Me B Mepeaady CUTrHaiza BOBIIE-
YeHbl KaK pa3HooOpa3Hble OENKH, TaK W Majible MOJIEKYJIbI, TPUYEeM
(YHKIIMOHAJIBHO BCE OHM SBJISIIOTCS MOCPEIHUKAMH MEXIY PeIleri-
TOPOM, Ha KOTOPBIA MOACHCTBOBAN BHEIIHWUA CTHUMYJ, U KJIETOY-
HBIM OoTBeTOM. OIHAKO MEXIYy HUMHU €CTh W NMPUHIHIHAIBHOE pa3-
nuuue: OCJNKM 00pa3yrT CBOCOOPa3HYI0 MOJEKYJSPHYI MAIlHHY,
KOTOpasi, C OJIHOW CTOPOHBI, YyBCTBYET BHEIIHUI CUTHAM, a C APY-
roi — obmamaetr GepMEHTATUBHOW WJIM WHON aKTUBHOCTHIO, MOIY-
JUPYEMON dTHUM CHTHAJIOM, B TO BpeMs KaK Majibleé MOJICKYJIbI JcH-
CTBUTEIBHO CIYXXaT TOCBUIBHBIMU (MECCEHIKEepaMU) MEXKITY
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pasNuYHBIMKU OeJIKaMU, MONTU(PEPMEHTHBIMA KOMITJIEKCAMH WIIH Jia-
K€ KIETOYHBIMU CTPYKTypamu. CaMblii M3BECTHBIM MIPUMEP TaKOTO
MOCBUIBHOTO — 3TO y>K€ yIOMHUHaBIIMicA Boie TAM®, cpenu apy-
ruX HauOoJiee BaXKHBIX BTOPUYHBIX MECCEHKEPOB CIEAYET YIOMS-
HYTh IUKINYECKUN ryano3uH-3',5'-monodocdar (ul MD), uHo3U-
ton-1,4,5-tpuchocdar (obo3navaemslii kak WD;), nuanmunriawuie-
pon (JAT), moH KambIuUs.

Haunbonee xapaktepHBIE CBOMCTBa BTOPUYHOI'O MECCEH]DKEpa,
BO-TIEPBBIX, €0 OTHOCUTENHHO HeOOoNbIIas Mo CpaBHEHUIO ¢ OHO-
NOJIMMEPaMH MOJEKyJsipHas Macca (HMOHSITHO, YTO IOCBUIBHBIN
JOJDKEH C BBICOKOH CKOpPOCThIO AMG(PYHAMPOBATH B LHUTOILIA3ME),
BO-BTOPBIX, OH 00s3aH OBICTPO (IO CPAaBHEHHIO CO BpEeMEHEM IIepe-
Jauy CHrHama) pacuemnartscs (B ciyuae Ca’™ — oTkaumBatbes). B
IPOTHBHOM CIIy4ae CUTHaJbHAas CHCTEMa OCTAHETCS BO BKJIIOUEH-
HOM COCTOSIHUM W IIOCJE TOTO, KaK JedCTBHE BHENIHEro CHUTHala
yxe mpekpaTuinoch. IlonoOHbBIe OMMOKKM MOTYT OKa3aThbCsl B NpS-
MOM cMbIciie datanbHBIMU. Tak, Hampumep, GopOosoBeie 3PupHI,
KOTOpBIE MPEJCTABISIOT COO0N CTPYKTYypHbBIC aHAOTH JTHAIIMIITIIH-
1eposia, HO B OTJIMYHE OT HEro B OpraHM3Me He paculelseMble,
CIIOCOOCTBYIOT Pa3BUTHUIO 3J0KAYECTBEHHBIX OIyXoJied. DTO mpo-
HCXOIHUT MOTOMY, 9TO (hopOoJIoBBIe A(HHUPHI BOBIECKAIOTCS B PabOTy
HEKOTOPBIX CUTHAJIBHBIX CHCTEM, KOTOPbIE PEryJIHPYIOT KIETOYHOE
JeJeHUe C MOMOIIBIO AHANMITINIEPOa KaK BTOPUYHOTO MECCEH -
xkepa. OnHaKo, UMHUTHPYS AeHCTBHE OUALMITIULEposia u obecre-
yuBas mepenadyy npoiludepaTHBHOTO CHUTHAla, OHH BOBpEMsl He
pacuieruisitoTcs. B pesynbrare curHajdpHas cHCTEMa IepecTaer
YyBCTBOBAaTh BHEIIHUH CHTHAaJ M OKa3bIBaeTCsl B IEPMAaHEHTHO
BKJIFOYCHHOM COCTOSIHHH, a 3HA4YUT, IMpojudepanus KIeTOK mepe-
CTaeT OBITh KOHTPOJIUPYEMOH.

8.1.2. POJIb MEMBPAHHBIX ®POCPOHHO3UTH][OB B
HIEPEJ[AYE CUT'HAJIA

st Toro, 4ToOBI MPEACTaBUTh MeXaHW3M JelcTBHS (HochornHO3UTH-
JIOB B KaY€CTBE BTOPUIHBIX MECCEHIKEPOB, HEOOX0AUMO OoJIee moapoo-
HO PacCMOTPETH IUKJI KX METa0OIMUECKUX MTPEBpaIIeHH B MeMOpaHe.
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¢ochosunaza I > O

0= |P -0
O <« dochommnaza C
H |
||
H,C-C-CH,
[
[
dochonunaza A, > (l) (I) <« docdoaunasa A,
0o=C C=0
R: XoauH — ¢ocaTHIANIXCNAMH;

ITaHoNaMHH — hocPaTHAWII TAHOIAMHH;
Huosuron (P)— pocpaTnannunosuron (P);
— ¢ocaTnanas KHCAOTA.

Puc. 67. Ctpykrypa dhocdomunuaos u ux ruaponus pocdonunazamMu

Buemnuit curaan nocie B3auMOJEHCTBHS ¢ perentopoM depes G-
Oenok (puc. 67) aktuBupyeT (ocdonuscrepasy (dochomumnazy C),
KoTopas ruapoin3yeT hocharuammmao3uToN-4,5-6uchocdar (MD,) ¢
o0pazoBaHMEM AWAITUITIIAIIEpOiIa U WHO3uTOoNTpudochara (puc. 68).
Hduanunraounepon ¢ochopuiaupyercs IUANMITIUIEPOIKAHAZ0H B
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¢dochaTuanyro kucnoty (peakuus Tpedyer npucyrcTBusi AT®). Poc-
(daTuaHas KUCI0Ta B3aUMOJCHUCTBYET C IUTHAUHTPUPOCHATOM U 00-
pasyeT UUTHAUMHAUAIMITInIepongudpocdar. OT0 coennHEeHHE HOCTe
peKoMOWHAIIMKM C WHO3UTOM BOCCTaHABJIMBAET TUApOIU3yeMble (oc-
doamdcrepasoit pochounnozutubl. THO3UT, HEOOXOMUMBIHN ISl ATOU
peaxuu, odpasyercs u3 HHo3uToIMoHodocharta. Peakuus karanusu-
pyeTcst nHO3UTOI-1-MoHOOChaTa30ii, aKTUBHOCTh KOTOPOH OJOKH-
pyercst MOHAMU JINTHSL.

NmenHo sTuM mporieccoM 00bsicHsIeTCs 3G (HEKTUBHOE JICUCHUE HO-
HaMH JIUTHS MaHHAKaJIbHO-/IEMTPECCUBHBIX TICHX030B U HEKOTOPBIX Y-
rux 3a0ojeBaHni HEPBHOW cUCTeMbl. biiokana mutueM HHO3UTOMI-1-Mo-
Ho(ocdaTazpl 3aMeIsieT CHHTE3 B OpraHM3Me MHO3UTa U OCIadiser
NpOTEKalolne B HEHpOHAX MPOLECCH, 3aBUCSMINE OT MeTaboau3Ma
($hoCchOMHO3UTHIOB.

Wnosutonrpudocdar BHI3BIBAET OCBOOOXKIEHHE KaJbIUS U3 MEM-
OpaH 5HAOMIA3MAaTHYECKOTO PETUKYIyMa, IMO-BUJUMOMY, CBS3BIBAsIChH
CO CIIeNMaNBHBIM perenTopoM. HecMoTps Ha To, 9TO mporiecc BeIOpoca
KaJbllUsl U3 BHYTPUKJIETOYHBIX JIETMO IMOJ JielcTBUEM (OCHONHOZUTH-
JI0B 00OHApY>KEH B LIEJNIOM psifie KJIETOK, MEXaHU3M, C IOMOLIBIO KOTOPO-
TO OH OTKPBIBA€T BHYTPUKJIETOYHBIE KAIIBI[UEBBIC KaHAIBI, OKOHYATEb-
HO HE BBISICHEH.

[To MHeHHIO psina KccineaoBaTese, B pe3ylibTare Iepeiaun CurHaia
¢ momouIp0 GocHONHOZUTHIIOB MYTH MepeAadn WHPOPMALUH MOTYT
pa3aBamBaThCA. JTO MPOUCXOMUT B Pe3yNbTaTe TOTO, YTO THAPOIH3
dbochaTuammmuosuTon-4,5-6uchocdara mTPUBOAUT K 0Opa3OBAHHIO
JIBYX BTOPHMYHBIX MECCEHIKEpOB: MHO3UTOATpHc(hOchaTa U AMAIMIT-
JUIepoa.

Huanunrauaepon (JAI) BeicTynmaer B kadecTBe BTOPHYHOTO MecC-
CeHJDKEpPa, TaK KaK OH HHUIIUUPYET MEXaHU3MBI, B pe3yJIbTaTe KOTOPBIX
aKTUBUPYIOTCS [1Ba TUIA MPOTEMHKHHA3: mpoTrenHknHaza C u ul MO-
3aBucuMas kuHasza. [Ipu stom docdonumnaza C urpaer KI0UIEBYO pOIb
B IIpoIlecce TIEPeHOCa CUTHAJIOB C PEIENITOPOB, KOTOPBIE HEOCPEACT-
BEHHO HE CBSA3aHBI C aICHMIATIUKIA30H, HO PEryJupyIoT CKOPOCTh Me-
Tabomm3Ma GocHONHOZUTHIOB.
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CH,— O — xupHas Kucnora CH, — O —wupHas KHCi10Ta
I

KuHasa
CH, —O — nenachimiennas ————> CH,— O-— HeHacbIlIEHHasd

l KHpHas KHCAOTa I JKHpHas KHCII0Ta

l | P

| I

cm—o—n4<::> CH,—O—P P
dochaTHIRIHHOZHTON docharnannnnosuron-4,5-cuchocdar (PUD2)

CH, — O —xwupHas KHCI0Ta

CH, — O — HeHachILeHHAas
JKHpHas KHCII0Ta
| P

CH,—O—P P

¢ocdonnnasza C

CH, — O — xupHas KucioTa

P
CH, — O — HeHacblLIeHHasA
P P « > ll XKHpPHaA KUCIoTa
HHO3UTO-1,4,5-TpHC- CH,—OH
dochar (MD3)
Boixog Ca? u3 anaiimHuepon (IAT)
3IHAOMJIA3MATHYECKOTO
peTukyIrymMa AxrHBaums mpoTenHkHHasbt C

Puc. 68. ®octhonHOZNTONBHBIH MyTh NIEPEIadn CUTHATIA

Bxrnax kaxxao#t u3 BeTBeil MHO3UTHIHOTO MyTH NEpeadn CUTHAIA
MOXET OBITh HUCCIIEJOBAH C MOMOIIBI0 XUMUYECKUX COCTUHECHHIH,
HUMHUTHPYIOIIUX HeﬁCTBHe OIHOI'0 M3 ABYX BTOPUYHBIX MCECCECHIXKC-
pOB, 00pa3yIIUXCA B pe3yJibTaTe ruaposin3za GochOUHO3UTHIIOB U,
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CIIeIOBATEIIFHO, AKTUBUPYIOMIUX ATH IMYTH PETYJISAIHAH 10 OTIAEIBHO-
ctu. HeiictBue JAT umutupyercs ¢op0Ooi1oBEIMU dUpamMu, TaK KakK
STH COEJAMHEHUS BBI3BIBAIOT aKTHUBAIUIO NpoTenHKUHA3bl C. Dopbo-
JIOBBIE SQHUPBI — 3TO COSAMHEHHUS PACTUTEIBHON IMPUPOBI, UX BbIIC-
JIAIOT U3 CEMSH BOCTOYHOA3MaTcKoro pactenus Croton tigtium. OHu
PE3KO0 YCKOPSIOT WHUIMALMIO OMyXOoJel KaHlleporeHamu. JlelicTBue
nHO3UTONTpUC(hOCchaTa HMHUTHPYETCS KaTbIHEBBIMH HOHO(OpaMH,
cpeau KOTOPBIX yxe ynoMuHaBImiics A 23187.

Mexay AByMs MyTSMH IepeJadd curHaia depe3 GpocGOouHO3UTHI-
HBI IHUKJI CYIIECTBYET CHHEPru3M. Tak, Hampumep, B TpoMmOommTax
(hopOoIIOBEIH A(Hp U KaTBIINEBEIIT HOHOGOP COBMECTHO BBI3BIBAIOT Ta-
KYIO MOIIHYIO CEKPELUI0 CEpOTOHMHA, KaKyl0 HU OJHO U3 3TUX COEIU-
HEHUH O OTAENHHOCTH BBI3BIBaTH He MoxeT. DopOonoBeiil 3hup u
KaJIBIIHEBBIN HOHO(OP MOTYT HHUITUUPOBATH JIeTICHHE HEKOTOPHIX KIle-
TOK. DTO TMO3BOJIMJIO TPEIANONOXKUTh, YTO CUTHAIBHBIC MyTH, CBS3aH-
HbIe ¢ 00MEeHOM (OCHOMHOZUTUAOB, MOTYT KOHTPOJIMPOBATH HE TOJIBKO
CEKPEeIHI0 TOPMOHOB, TPAHCIIOPT MOHOB, HO U MPOJTU(EPAITHIO KIETOK.
[TosBUIUCH AKCTIEpUMEHTANBHBIE TOKA3aTeIhCTBA TOTO, YTO GopOoo-
Bble D(UpBI CIOCOOCTBYIOT OITyXOJIEBOMY POCTY Yepe3 aKTHUBAIHIO
«IMATIIITIIAIEPOIEHON BETBI» (POCHOMHOZUTHAHOTO CUTHAIBHOTO ITy-
TH.

Junanunrnuueposl MOXET MOABEpraThbCsa NajbHEWIIEW aerpagauuu
Mo NEHCTBHEM AMALMIITIIMIEPOILTUNA3B] 10 apaxUIOHOBOW KHUCIIOTHI,
KOTOpas TpeBpalaeTcsi B pa3HOOOpa3Hble OHMOIOTUYECKH aKTHBHBIX
METa0OJUTHI, B TOM YHCJIE SMKO3aHOU Bl M IPOCTATIaHIUHEI.

CyMMHpys CKa3aHHOE BBIIIE, MOXKHO YTBEPKIATh, YTO MPH PyHK-
[IUOHUPOBAHUU PACCMOTPEHHOW PETYISATOPHON CHCTEMBI 00pa3yroT-
Cs MO0 MEHBIIEH Mepe TPH BTOPHUYHBIX MOCPEAHUKA: JTHAIMIITIIHIIC-
pon, Ud; u apaxugoHoBas kuciaoTa. Kaxaelii w3 HUX BBIIOJHSIET
crenududeckue GyHKIHH, BKIIOYAs YBEIUYECHUE COJCPKAHUSI BHYT-
puknerognoro Ca®" u akruBarmio Ca’ -3aBHCHMBIX TIPOTEHHKHHA3.
DTa cuUrHajbHas CHCTEMa PaclpOCTpaHEeHa BEChbMa IIUPOKO, XOTS B
JETaJdsAX MEXaHU3M PeTryJSIIUU €0 CHEIU(PUUYSCKUX KIECTOYHBIX
(GyHKIH TOKa He SICHEI.
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8.1.3. METABOJIM3M ®OC®OMHO3UTHIOB U PETVIIALIUA
ITPOHHUIIAEMOCTH MEMBEPAH JI/II HOHOB Ca’*

KakoB ke MeXaHW3M yBeIMYSHHS BHYTPHKIETOUYHOW KOHIICHTPAIHH
Ca®", BEI3BIBAEMO} MHO3UTONTPUGPOCHATOM H THALMITTHIEPOTIOM, O
ABJSIIOIIUMHCS TIpU ruaponuse ¢pocharnaunnao3ut-4,5-audocdara?
Crnenyer uMeTh B BULLy, YTO, BO-TIEPBHIX, A7 paboTsl hochonunassr C
HeoOxoauM ['Td, To ecTe akTHUBAIMs pelenTopa pealn3yeTcs depes
G-06e1oK, a BO-BTOPBIX, MeTabomm3M GochoaunmmaoB o0eceunBacT, 1o
KpaliHell Mepe, J1Ba Ipoliecca: UHAYKIHIO BXOJa KaJablLUs B KIETKY U3
BHEIIHEW CPeJIbl M0 TPAJUEeHTY KOHIIEHTPAIINU M BHIXOJ HOHOB KaJIBITHS
B IIUTO30J1b U3 BHYTPUKIIETOUHBIX JICTIO.

B MonenbHBIX crcTeMax ObUIO MOKa3aHo, uTo (ocharuaHas Kucio-
Ta CHOCOOHAa TPAHCHOPTUPOBATh YEpPe3 MCKYyCCTBEHHbIE MEMOpaHbI
JIByXBaJICHTHBIE KaTHOHBI C 3(PPEeKTHBHOCTHIO, OMM3KON K JEHCTBHUIO
KanpueBoro noHopopa A 23187. [Ipu 5TOM HOHBI MarHusi TPaHCIOP-
TUPOBAJIMCH 3HAYUTEIILHO MEAJICHHEE, YeM KaJlbIHs, YTO TOBOPHUT O ce-
JIEKTUBHOCTH (pochaTHIHON KUCIOTHI B KadeCTBE KaJbIIMEBOTO HOHO-
dopa.

OTHOCHTENBPHO MeXaHW3Ma HOHO(GOpHOTo NeiicTBus (ocdaruaHom
KHCJIOTHI CYIIECTBYET PsiJl THIOTE3, HA OJHA U3 KOTOPHIX B HACTOAIIEE
BpeMs HE MOXKET OBITh MPHU3HAHA JTOCTATOYHO JOKazaTenbHOH. I1o-BH-
auMoMy, QocdaruiHas KUCIOTa KaKuM-TO 00pa3oM Moan(UIHpYeT
CTPYKTYpY JHUIUAHOTO OHUCIIOs, 00pa3ysl y4acTKH ¢ HEOUCIOWHON yma-
KOBKOH Monekyi. [Ipu aToM Ha rpaHmiie OWCIOS U MOHOCIOS 00pasy-
IOTCSI «KaHAJBD) JIJISl HOHOB KaJIbIIHs

XoTs uMeeTcsi rpoMagHOe KOJTMYECTBO (PAKTOPOB, yKa3bIBAIOIINX HA
TO, 9TO ToX neiicTBHeM (omHO3UTON-TprUchochara MPOUCXOIUT OCBO-
Goxenne Ca’" B (U3MOTOrMYECKHX YCIOBHSAX, MEXAHU3M €TI0 YYaCTHs
B oTKphiBaHKN Ca-kaHasa He sceH. OH BbI3bIBaeT ocBoGoxkeHue Ca’ B
KJIETKaX TOMKEeTyIOYHOH Kene3bl, CTUMYJIHPYET MOOMIM3aLUIO 3ama-
CEHHOT0 KaJbllUsl B TpOLEcce MHIYIUPYEMOTO TOPMOHOM IIOCTYILIe-
HUSI TJIFOKO3bI M3 TICYEHU B KpOBb. B 0OLMTAxX JIATYIIKH MMOTOK MOHOB
Ca’” yBenuumBaeTcs BABOE B OTBET HA CTHMYJISIHIO TPUDOCHOUHO3HU-
TonoM. Cekpenus rpaHyJi, OCyLIECTBIIAIOIIAsACS SIMIEKIETKON cpa3y mo-
clie OIUIOIOTBOpeHHs (B pe3yibTaTe yero oOpasyercsi Tak Ha3plBacMast
000JI0YKa OIUIOJIOTBOPEHHMSI), TAKXKE BBI3BIBACTCS HOHAMH KalbLus,
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KOHIICHTpaIUs KOTOPBIX B SHIEKJIETKE PE3KO YBEIMYMUBACTCS B OTBET
Ha BHYTPHUKJIETOYHYIO HHBEKLIUIO TPUPOCPONHOZUTHIIOB.

Ha nomto docharupunuaozutona npuxoautcs aummb 2—8% Bcex
¢ocomunuaoB, coaepKaXca B KIETOYHBIX MeMOpaHaxX 3yKapHoT.
CTpyKTypa ero moJsipHOH TOJOBKH MpeAcTaBiieHa B Tabmuie 1. Jtot
¢docdonunua Ha3zpIBAIOT MHOWHO3UTOJIOM, MOCKOJBKY BIEpPBHIE OH
OBLT BBIJICIICH M3 MBIIIEYHOT0 ToMoreHara. HebGonpmrast yacts docda-
TUIWIAHO3UTONA (ocPOopIpoBaHa B MOJIOKEHUH 4 WIHM B IOJOXKe-
Husax 4 u 5. Ot 1 go 10% dochaTuananHo3UTOIIa, IPUCYTCTBYIOIIETO
B MeMOpane, nmpuxoauTcs Ha g0 OUD,. ITOT KOMIOHEHT SIBJIACT-
Cs, BEPOATHO, MEPBOM MHUIICHBIO IS PochaTUIUTUHOZUTON CIICIH-
¢uuHoit pochonunazer C, KOTOpas aKTUBHPYETCSI BO MHOTHX KJIETKax
G-Oenkamu.

[ocnemyromuii THAPOTU3 MOJIEKYJBI B TUIA3MAaTHYECKOH MeMOpaHe
NPUBOIUT K OBICTpOMY pacniany (pocdaTuANINHO3UTONA U KPaTKOBpE-
MEHHOMY BO3pacTaHMIO NPOAYKTOB pacnaaa. Hanpumep, Bo BpeMs ak-
TUBAIUM TpoMOOIMTOB 3a 90 ¢ JerpamupyeT MOJNIOBHHA OOIIero myia
¢docharnaumuHozuTona. IlpoxykTel pacmaga y4acTBYIOT Kak BTOPHY-
HbI€ MECCEHKephl BO MHOTHX KJIETOYHBIX Ipoleccax. MccnenoBanue
STOW CHUCTEMBI B JIETANISAX €Ille He 3aKOHYEHO, HO camasi oOmmas cxema
MOXKeT OBITh MpejcTaBiIeHa Ha puc. 68. [locienoBaTebHOCTS COOBITHI
TaKoBa.

HavanbusiMu npoaykramu ruaponusza GUD, seustoTes tuanuiriu-
nepon 1 U®;. uamuirmmmmepolr ocTaeTcs ¢Bs3aH ¢ MeMOpaHoi, a Ud;
BBICBOOOXTaeTcs B muToriazMy. OObIYHO XKUpHBIE KHCTIOTH docharTu-
JUITMHO3UTONA TIPEICTABICHBl CTEAPMHOBOM KHCIOTOH B MOJOXKEHUH |
Y apaxuJ0HOBOM KHUCIOTOM B TIOJIOKEHUH 2.

N®; cy XUt BTOPUUHBIMBIM ITOCPEAHUKOM, W €r0 OCHOBHOW (yHK-
1ueii, mo-BUIMMOMY, sBIseTcs MoOmmm3amus Ca®’, akKyMyIHPOBAHHO-
IO B DHIOIIA3MAaTHYECKOM PETUKYIyMe. BO3MOXKHO, 3TOT KOMIIOHEHT
IIyTeM TPSAMOTO CBA3BIBAHHSA OTKphBaeT Ca’ -crenuduuHble KaHaIbI B
9H/IOIIA3MAaTUYECKOM PETHKYJIyMe, YTO NPHUBOJUT K BHIXOAY HOHOB
KaJbLUS U3 PETUKYJyMa B IIUTOILIa3My, TJ€ €r0 YPOBEHb BO3pACTaeT B
HeckonbKko pa3 (ot 0,1 MkM 1o 5-10 MkM).

OnuuM U3 hepMeHToB, perynupyemsix Ca®’, spnsercs doconuma-
3a C, KOTopas IpH HU3KOi kKoHueHTpauu Ca’ HCIOoNb3yeT B KauecTBe
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cybcrpara npenmymectseHHo OUD,, HO Tpu 6oJIee BHICOKOH KOHIICH-
tparmn Ca®’, o KpaiiHeil Mepe in vitro, ncnoib3yer HedochOpHUIHPO-
BaHHBIN (HochaTHIMITNHOZUTON.

Haubonee BaxHBIM (epMeHTOM, akTMBHpyembiM Ca’’, sBisercs
npoterHkrHaza C. DTOT (epMEHT JOKATU30BaH MPEUMYIIESCTBCHHO B
LMTO3071¢ 0 MOMEHTA MOSIBICHHs TaM juarpuirauueporna u Ca™’. B
MIPUCYTCTBHH OOOWMX areHTOB MpoTemHKHHA3a C mpuoOpeTaeT crocoo-
HOCTH CBSI3BIBATHCSI C MEMOpaHOM, BEIOMpAst AJIsT ATOTO KIIACTEPHI, 000-
ramieHHsle GocdatunuicepuHoM. B aTuX ycnoBusix HaOmomaeTcs ak-
THBaIUs MPOTeHHKHHA3b! C, IIpHYeM OHa OKAa3bIBAeTCS B HETIOCPEACT-
BEHHOW ONMM30CTH K MeMOpaHHBIM CyOcTpaTaM, KOTOpPBIE OHAa TOTOBA
dochopunuporats.

D¢ ¢exTsl, CXOAHBIE C IEHCTBHEM AWALMITIHLEPOJIA, OKAa3bIBAIOT
nporenHkuHa3zy C 1 GopOoIoBEIe 3PHUPEI, B CBA3M C YEM €€ YacTO pac-
CMaTpHBAIOT KaK BHYTPUKJIETOYHBIH PELENTOp 3TUX COSAUHEHHH.

B axrtuBupoBaHHOM cocTosiHMM mpoTenHKuHa3a C 3¢ deKTHBHO
bochopunmupyeT OENKH-MHUIIEHN TI0 CEPUHY U TPEOHHHY .

8.1.4. IPYIT'UE THIIbI BTOPUYHbBIX [IOCPE/[HHUKOB

Hambomnee BaXHBIMH BTOPUYHBIMH MECCEH/DKEPAMHU  SIBISTFOTCS
HAM®, ulM®, Ca®, Ud;, Iuanuirinineponr U MOHOOKCHI a30Ta
(NO).

I'T® npespamaercs B il M® ¢ nomouipio pepMeHTa ryaHHIaTLHHK-
Ja3pl. B oTnnume oT ageHWIaTUMKIIA3bl T'yaHUIATHUKIIAa3a HE CBsI3aHa C
MeMOpaHHbIMU pertentopamu. OnmHako obpazoanue 1l M® gacTUIHO
COMPOBOXKIAETCS aKTHBanued TpU()OCPOUHOZUTHIHOTO IHKIA, IIO-
CKOJIbKY HEKOTOPBIE €r0 KOMIIOHEHTHI, T0-BUANMOMY, BBI3bIBAIOT aKTH-
BallMIO ryaHuiaTiukiasel. M3BectHo, yTo ul M® akTUBHUpYET CHEU-
anbHble G-KMHA3bI, BhI3bIBAONINE (HOCHOPUTUPOBAHUE OMPEICIICHHBIX
OenkoB, (pu3monornyeckas poib KOTOPHIX MOKa He ycTaHoBieHa. [lo-
BUIUMOMy, II'M® MOXET UrpaTh pojb BTOPHUYHOTO MECCEHIKEpa B
KJIETKaX HEpBHOU TkaHU. [lox neiicTBHEM rOpMOHA, BBIACISIEMOIO CIIe-
UUATbHBIMU KJIETKAMH MO3Ta, B HEPBHBIX KJIETKaxX MOBBILIIAETCS YpPO-
BeHb UI'M®, KOTOpBI HMHULUUPYET CIOKHBIM KOMIUIEKC NEUCTBUM,
MIPUBOAAIINN K OCBOOOKICHUIO 0a00UKH U3 KyKOJIKH.
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ul'M® ob6pasyercs nByMs T'yaHWJIHJINHKIa3aMH — MeMOpaHOcC-
BSI3aHHOW M LIUTO30JIbHOH QopMamu. MeMOpaHHBIH (epMEHT aKTH-
BUpYETCs HaTpuilypeTnueckuMu ropmoHamu (G-Oenku mpu 3TOM
HE MPUHUMAIOT y4acTHus), a paCTBOPUMBIN (IIUTO30JBHBIN) — pasu-
kaisamu NO', CO u *OH. Ilociennue npeacTaBisioT coO0U HOBBIM
KJIacC HEOPraHWYeCKHX pEeryJjisiTOpOB, MNPOSBIAIOIUX CBOMCTBA
MHOTZ1a MEXKJIETOYHBIX, B HHOT1a BHYTPUKJIETOUYHBIX PETYISITOPOB.
ul'M® axtuBupyet IIK G, HO, KpOoMe TOrO, U3MEHIET aKTUBHOCTH
U Apyrux OenKoB, BKIIOYas MOHHBIC KaHAIBl (KaK B CiIydyae peaiu-
3aIlM¥ CBETOBOI'O CUTHAJA).

Her comuenuii, 9to cymecTByeT ropasao OoJble CHUTHAI-TPaHC-
OYKTOPHBIX CHUCTEM, YeM ONHCAaHO B HacTosllee BpeMs. B xoHne mpo-
LIJIOTO BeKa OBUIM OMMCaHBbl CUTHaNbHBIE QyHKIMU Lepamuia, docda-
THIHOW KHUCIIOTHI, ITUKI0aaeHO3HHIU(ochaT-pubo36l U naxe 5'-AMO
(ameHo3uaMoHO(pOChara). Celiuac MHTCHCUBHO U3y4YalOTCSl CBS3aHHBIC
C HAUMH CUTHAJI-TIEpeIatoIlue My TH.

8.2. IEPE/TAY4 T'OPMOHA/IBHOI'O CUT'HAJIA YEPE3
MEMBPAHY

T'opMOHBI — CHTHANILHBIC BEIIECTBA, OOpa3yloIIMecs B KIETKax JH-
JIOKPUHHBIX kene3. [locie cuHTe3a TOPMOHBI MOCTYNAIOT B KPOBb U I1€-
PEHOCATCS K OpraHaM-MUIIIEHSM, T/I€ BHIITOIHSIOT ONpeAeIICHHBIE Pery-
JIAITOPHBIE (YHKIHMU. ['paHUIlBI MEXKIy TOPMOHAMU W IPYTMMH CHI-
HaJbHBIMU BEIIECTBAMU, TAKUMH, KaK MEIUATOPHI, HEHPOMETUATOPHI U
pocToBbIe (haKTOPHI, JOBOJBHO YCIOBHEL YacTo 3TH CHUTHAJLHBIC BEllle-
CTBa UMEIOT OOINE 3aKOHOMEPHOCTH OMOCHHTE3a, METa0O0IN3Ma U Me-
XaHU3Ma JeNCTBUA.

B opranax-MunieHsx UMEIOTCS KJIETKU, HECYIIHE PElENTOPHI, CIIO-
COOHBIE CBSI3BIBATH TOPMOHBI M TEM CaMbIM BOCIIPUHUMATh TOPMOHAITb-
HEIM curHai. [locne CBSA3BIBaHUS TOPMOHOB PEIETITOPHI MIEPENAIOT HH-
(hopMaIio KIeTKe u 3aIyCKaroT [elb ONOXUMUYECKUX PeaKInid, orpe-
JIENIAFOIIUX KIETOYHBIN OTBET Ha AEWCTBHE TOPMOHA.

CyIIecTBYIOT JIBa OCHOBHEIX MEXaHWU3Ma TPAHCAYKIIMH TOPMOHAIh-
HOT'0 CHTHAJIa B KJIETKY. B mepBom ciyuae runpodoOHbIii TopMoH (cTe-
POUIHBIN, NOITUPOHHH, aKTUBUPOBAaHHBIC BUTAMUHBI A 1 D) npoHunka-
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€T yepe3 IUIa3MaTHYeCKyl0 MeMOpaHy B LIMTO30Jb, a 3aT€M M B SAPO
(mocnegHeMy, OY€BHIHO, CIOCOOCTBYIOT PacTBOPHUMBIE IIUTO30JIbHBIE
Oenku-peuentopsl). Bo BTOpoM ciyyae ropMOH-pELENTOPHBIH KOM-
TUIEKC 00pa3yeTcsl Ha HapYKHOH MOBEPXHOCTH IUIa3MAaTHYECKOH MeM-
Opanbpl. DTO BBI3BIBAET JIMOO OBICTPOE OTKPBHITHE MOHHOTO KaHajla H
BXOJ MOHOB B KJIETKY U B pe3yJbTaTe HEPBHBIH HMIIYJbC, TMOO BKIIIO-
YeHHE CHCTEM BTOPHYHBIX IIOCPETHHMKOB, MPHUBOAsIIEEe K Ooiee Men-
JICHHBIM W3MEHEHHSIM MeTa0omu3Ma U PYHKIUN KJIETOK. DTH MEXaHU3-
MBI MOTYT NIPHBOJAUTH K OTCPOUYCHHBIM (P (PeKTaM — U3MEHEHUSIM MPO-
LIECCOB, KOTOPBIE PErYIUPYIOTCS SAPOM KIETKH.

JlunoduiapHBIE TOPMOHBI IPOHUKAIOT B KJIETKY, a 3aT€M MTOCTYHAI0T
B spo. ['mapoduinbHble TOPMOHBI OKa3bIBAIOT JICHCTBHE HA YPOBHE
KJIEeTOYHOH MeMOpaHbl. Takum o0pa3oM, moapasieieHne TOpPMOHOB Ha
TUnoQuiIbHbIE U THUAPOQHUIbHBIE UMEET ONpEeAETICHHBIH OHOXMMHUYe-
CKHUH CMBICH, MTOCKOJIBKY OHO OTpaXkaeT pa3iMyHble MPUHIUIBI AEHCT-
BUSI 3TUX OHOPETYJIISTOPOB.

YeTripe OCHOBHBIE 1 HanOOIEe N3yUEHHbIE CUCTEMBI NIepeaadn rop-
MOHAQJIBHOTO CHWTHAjJa B IMTO30Jb MPEICTaBICHB Ha pHUC. 65. MHorue
TOPMOHBI (aMHHBI, ENTHABI, 6enku, npoctartanausbl [ u E), a Takxke
CUTHAJIBI OCS3aHUS M OOOHSHHS IEeHCTBYIOT uepe3 cuctemy HAMO.
O6pa3oBaHue TOPMOH-PEIEITOPHOTO KOMITIeKca yepe3 G-Oenku aKTH-
BUPYET WU WHTMOUPYET aJeHIWIIIIHKIA3y, Kotopas u3 AT®D obpaszy-
eT TAM®. DTOT BTOPUYHBIM MOCPETHHUK BBI3BIBAET JUCCOLUALMIO 3a-
BrucuMoii ot Hero [IK A Ha peryisTopHyIO M KaTaJUTHYecKyr cyObe-
IUHUIBL. B pe3ynprare mocinemHsst akTHBHpyeTcs U (pocdopunmpyer
MHOTOYHCIICHHBIE OENKH-MHUIIEHU. JTO YBEJINYMBACT, HAIPUMEp, pac-
naj IJIMKOTeHA M JKUPa, CHHTE3 KaTeXOJaMUHOB M TNIIOKOKOPTHKOUIOB,
COKpAIeHUA CEepJEeYHON MBIIIBI M pacciaOlIeHne TIaJKUX MBbIIII.
HAM® gacTo paccMaTpUBarOT Kak CUTHAJI TOJIO/IA U CTpecca.

MHorue ropMOHBI (aMUHBI, IENTHBI, O€JIKK, TpocTarmasauHsl F u
TpoMOOKcanbl) uepe3 (G-0enok BKIOYaOT cucteMmy (pocdomumnas
C, xotopsie u3 GochaTuAUIMHOZUTUIOB 00Pa3yIOT 1Ba BTOPUYHBIX T10-
CpeAHUKa: HHO3UTONTpUCPOCAT M AMALMITIMLEPON, a u3 ¢ocda-
TUAWIXOIMHA — TOJIBKO oauH (mocneannit). Uno3utonrpudocdar yse-
JUYMBAET B LUTO30JI€ KOHIIEHTPAIWIO HOHU3UPOBAHHOTO KaIbIIHS.
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MeMOpasa BTOpHHBIE DOCPEIHHKH

MHTOXOHIPHA

Puc. 69. Ilepenaya ropMOHAIBLHOTO CUTHAJIA B MUTOXOHIPUU

Kommneke Ca®* ¢ ero perenTopom KaabMOLYJINHOM aKTHBHPYET MHO-
THe IUTO30JbHBIE (pepMEHTHI OO0 MPsMO, THO0 Yepe3 COOTBETCTBYIO-
LIYI0 IPOTENHKHUHA3Y.

Tuposunkunassl (TK) — ato TIK, dhochopunupyromniue B Genkax oc-
TaTKW THPO3WHA (a2 HE cepuHa Wi TpeoHWHa, kak npyrue [1K). Ora
crcTeMa BKITIoUaeTcs B nmefictBre (hakTopoB pocta KieTok (PPK), mu-
TOKMHOB W MHCYJIMHA, OIOCPEAY s OONBIIMHCTBO €T0 TUTO30JIbHBIX 3(1)-
¢dexToB. OOpazoBaHHE TOPMOH-PELENTOPHOIO KOMIUIEKCA, a TaKXkKe
cnenuduyuecKkue aHTUTeHbl akTuBHUpyloT TK, BciencTBue dero oHU
(hochopUIUPYIOT pa3TUIHbIE OCTKH-MHUIICHH.

B kaxnoi KJIETKe CyIIEeCTBYET KOMIUIEKC CUTHAJI-TPAHCIYKTOPHBIX
CHCTeM, NpeoOpa3ymomMX BCcE BHELIHWE CUTHAJIBI BO BHYTPUKIETOY-
HBIE, a 3aTeM TPAHC(OPMHUPYIOIINE 3TH CUTHAIBI BO BHYTPUKIIETOYHbIE
byHKIUH.

B sapo curHan oObIYHO mepenaeTcsl MyTeM TPAaHCIOKAllMUd B HETO
IIUTO30JIbHOM MTPOTEMHKHHA3HI WM aKTUBHPOBAHHOTO TPAHCKPHUIIIHOH-
HOro (axtopa (hocGopHIUPOBAHHOTO €10 WIH OCBOOOXIAEHHOTO W3
KOMIUIEKCa ¢ JIpyruM OenkoMm). B MHUTOXOHApHHM CHUTHaN ImepenaeTcs
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WHA4e — MyTEM TPAHCIOKAINH U3 IIUTO30JI1 BTOPUYHBIX TTOCPETHUKOB!
Ca®" i tAM®.

MexaHu3MBbI niepenayn WHGOPMAIMH B OpraHeuiaX OTINYArTCS OT
IIATO30JIbHBIX MEXAaHU3MOB, HO OHU OOECIEUYHMBAIOT CTONh K& I dek-
TUBHBIA KOHTPOJb TOPMOHAMHU SJEPHBIX U MUTOXOHAPUATBHBIX IPO-
neccoB. Cxema mepeiayd TOPMOHAIBHOIO CHUTHAIa B MUTOXOHAPUU
IpeacTaBieHa Ha puc. 69. Perymsnusa ocymiecTBisieTcsl AByMs Ipynna-
Mu TopMmoHOB: Ca’ -MoGuIm3yomumMy (KaTexomaMHuHbI depe3 ol -pe-
LENTOpPbI, Ba30IPECCUH, aHTMOTEeH3UH) U TAM®-3aBUCUMbIMU (TJIIOKA-
TOH W KaTeXxoJaMHUHBI depe3 [-perenropsl). O0mee aist o0onMx Mexa-
HHU3MOB — IIEPBUYHBIA PETYJISATOPHBIN CUTHAI B KJIETKE BO3HUKACT B Pe-
HenTopax Mia3MaTHuYecKoll MeMOpaHbl U 3aTeM TpaHcopMupyercs B
YBEJIMYCHUE LUTO30JIbHON KOHIIEHTPALUUU BTOPUYHBIX MOCPEIHUKOB —
Ca* w/mmm HAM®. X BOugHHE HAa MUTOXOHAPUM SBJISIETCS BTOPHUY-
HBIM — B pe3yJibTaTe BO3JECHCTBUSA Ha HAPYKHYIO CTOPOHY BHYTpPEHHEH
MeMOpaHbl MUTOXOHAPUU WIIM NMPOHUKHOBEHHS 4Yepe3 Hee B MAaTPHKC
(BHYTpEHHSISI pacTBOpUMAs 9aCTh MHUTOXOHJIPHH).

KOHKpeTHBIe MEXaHH3MbI THX TIpoIieccoB pasmuusl. Jlis Ca®™ cy-
HIECTBYET MOCTOSIHHBIA OOMEH 4epe3 BHYTPEHHIOIO MEMOpaHy MHTO-
XOHJPUHW: BXOJ B MaTPHUKC 3a CUET IHEPTHHA MEMOPaHHOTO TIOTEHITHAala
(B HampaBJIEHWHU AJIEKTPOXHUMHYECKOTO TPATUEHTA) W BBIXOJA B IIUTO-
mnasmMy B o6MeH Ha Na™ win H' 3a cueT SHepruu, cBA3aHHOH ¢ MOTeH-
uuaioMm ApH. Pacxon sHepruu Ha 3TOT IPOLECC BIIOJHE ONpaBIaH, TaK
KaK SIBJSIETCS OCHOBOM ISl KaNIbIIMEBOW Peryisiuu (hyHKIUH MHTO-
xonapun. Kpome toro, Ca®” akTuBHpyeT, Kak MHHHMYM, OIHH (ep-
MEHT Hapy>XHOH CTOPOHBI BHyTpEHHEW MeMOpaHbl MUTOXOHpUU (TIIH-
nepodocdaraernaporeHasy).

TAM® B3auMOJEHCTBYeT C pPEUENTOPHBIM OEIKOM BHYTpPEHHEH
MeMOpaHbl MUTOXOHJIPUH, YTO, OUECBUIHO, U MPUBOJIUT K aKTUBAIIMH UX
¢yukuuii. Kpome toro, HAM® npoHHKaeT BO Bc€ KOMIIAPTMEHTHI MU-
TOXOHIpHH, rAe o0HapysxuBaetcs [IK A, xotsa ee pons B QyHKIHMNA MH-
TOXOHJIPHH €llle He BIIOJIHE sicHa. B pe3yibTare onucaHHBIX HMpOIECCOB
LUTO30JIbHBIN CUTHAT — YBEIUYEHUE KOHUIEHTPALIUU Ca*" w/wm nAMO®
— TpaHCOPMHUPYETCS B MUTOXOHAPHAIBHBIN, YTO U BBI3BIBAET MHOXKE-
CTBEHHBIC M3MEHEHUS (YYHKIIUHA dTUX CYOKICTOUHBIX YaCTHII.
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Heob6xonuMo o0paTuTh BHHMaHHE Ha JBE BaXKHBIE OCOOCHHO-
ctu: 1) nonsl Ca’ IeliCTBYIOT He TONBKO 4epe3 CIeHUaIH3UpPOBaH-
HbI€ PELENTOpHbIE OEJIKM THUIA KaJIbMOIYJIHHA, HO MPSIMO Ha MHO-
TOYHCIEHHbIE MHTOXOHJpUANIbHBIE O€NKH, 00Jalaroiie 4yBCTBHU-
TENBHOCTBIO K Kaibluio; 2) 3¢¢pekTsl TAM®P MOryT peann3oBbI-
BaTbcs He Tonbko uepe3 [IK A, HO u myTem cBsI3bIBaHUA ¢ OenKaMu
BHEIIHEH CTOPOHBI BHYTPEHHEH MeMOpaHbl MUTOXOHAPHUH, UYTO U3-
MEHSET €€ CBOWCTBA W B pPe3yJbTaTe MNPHUBOAUT K H3MEHEHHSIM
(GyHKIHA MUTOXOHIPHH. ITO CYHIECTBEHHO OTJIMYAETCs OT KIACCHU-
YECKHX IPEACTABICHUH, XapaKTepHBIX AJSA LUTO30Js SyKapuoT. B
TO XK€ BpeMsl, Y IPOKAPHOT JJIsl OTHX BTOPHYHBIX MOCPEIHUKOB HET
OOBIYHBIX pelenTopHbIX OenkoB (kaixpmoaynuHa u I[IK A), u
HAM® neilicTByeT Ha HUX 4epe3 BHYTPUKIETOUHbIN TAM®-penen-
TOPHBIA OEJIOK.

B kaxpoil xierke QyHKIMOHHMPYET ClelUabHas OHOXHMHYECKAs
HAJCTPOWKa, PEryJaHpyIolas 4yBCTBUTENBHOCTh KJIETOK K CHUTHAIY.
[IpowuttocTpupyeM €€ Ha NpPUMEPE PEeLenTopa, CONPSDKEHHOTO C
G-6enxamu. OOBIYHO YPOBEHb CHUTHAJIOB, JICHCTBYIONINX 4Yepe3 CHCTe-
My TpaHCMeMOpaHHOHN CHrHamu3anuy (K UX YUCIy MTOMHUMO Ha3BaHHBIX
BBIIIIE OTHOCATCS MPOCTArJIAHAMHBI, TOPMOHBI TUIO(QHU3a, AaHTHOTEH3UH
II, 6panukuHWH, Ba30NPECCHH, OKCUTOIMH, TUCTAMUH, NO0(haMuH, SHKe-
¢anun, SHIOPOUH, CEPOTOHUH, SHAOTEINHU, XOJIEIUCTOKUHIH, TaCTPHUH,
NapaTUPOUAHBIA TOPMOH), MOBBIIIAETCS Ha HECKOJIBKO MUHYT. DTOTO
BPEMEHH JOCTaTOYHO, YTOOBI POU30ILIO 00pa30BaHUE HYKHOI'O KOJIH-
YecTBa BTOPHMUHBIX TOCPEIHHKOB (HAM®, Ca®, nmarmirnmmnepona),
KOTOpBIE BBI30BYT AKTHBALMIO COOTBETCTBYIOIINX NPOTEMHKHHA3 U T10-
crenyromee 3a 3TuM Qochopunupoanre OenkoB-mulieHed. Ecmu xe
YPOBEHb CHUTHAJIA COXPAHAETCS MOBBIIICHHBIM B TE€UEHHE JAECATKOB MHU-
HYT WIH JaXKe 4acoB (M3-3a TUNEPPYHKIUH SHIOKPUHHON JKeNe3bl HITH
(hapMaKoJIOruIecKoro BMEIIATENbCTBA), TO IPOUCXOAUT JECEHCHOMITH-
3alusl COOTBETCTBYIOLIETO perentopa. MemOpaHHbIE TPOTENHKUHARHI,
MPUCYTCTBYIOLINE B IIa3MaTHUECKON MeMmOpaHe MpPaKTHYECKH BCEX
KJIETOK, OCHOPHIUPYIOT PELENTOpP, ASCCHCUOMIU3UPYS €r0 K IPUCYT-
CTBHIO JUranaa. Takue kuHa3bel MOTYT (hocopunupoBaTh TOIBKO TOp-
MOH-PELENITOPHBIA KOMILIEKC, TIOATOMY YE€M JIOJIBIIIE TOPMOH CBSI3aH C
penenTopoM, TeM OOoJIbIlIe BEPOSTHOCTh TOTO, YTO PELEnTop OyAeT y3-
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HaH ¥ MOMEYeH KuHa30#. Eciu Takoe dhochopunrpoBanre HE B COCTOSI-
HUU MOTaCUTh TOPMOHAIBHBIN CUTHAM, TO ciycTsd 15-30 MuH mpoucxo-
muT GochopuIrpoBaHme PEIENTOpa BTOPOH MPOTENHKUHA30, KOTOpas
aKTHBHPYETCS COOTBETCTBYIOIIMM BTOPHUYHBIM IMOCPETHUKOM (HAIIPH-
Mep, B cilydae P-aIpeHepruuecKux peuenTopoB, aKTHBUPYIOMIUX alie-
HUJIATHMKIa3y, — HAM®-3aBucuMOl MPOTEUHKUHA30; B ciayyae ol-
aZpeHepruueckux uin M; u M;-XOJHMHEPTUYECKIX PElenTOpPOB, aKTH-
Bupyromux (ocdonunazy C, — nporennkunazoii C). Bropuanoe ¢oc-
(dhopuMpoBaHUe PEIETITOPOB HapyIlaeT uxX cBsi3b ¢ G-Oenkamu, BCIe-
CTBHUE YEro BIHSHHE TOPMOHOB ocnabisercs,. Eciaum BRICOKHI ypOBEHb
TOPMOHA COXPaHSAETCS B T€UCHHE HECKOJIBKUX YacOB, U NIEPEUHCIICHHbIE
BBIIIIE MEXaHU3MBI JICCCHCUOMIN3AI[MY HE B COCTOSTHUM TIOTaCHUTh Pery-
JISITOPHBIN CHTHAI, TIPOUCXOUT JHOLUTO3 TOPMOH-PEEITOPHBIX KOM-
TUIEKCOB M BHYTPH KJIETKH TMOSABISIOTCS PELENTOPOCOMBI, H30JIUPYIO-
IIUE PELENTOPHBIE MOJIEKYJbl OT CHUTHAJIBHBIX mOyTed. OHU MOTYT
BHOBb BCTPOUTHLCS B IUIA3MATHYECKYI0 MeMOpaHy, €Clii B TMOCIEIyIO-
IIeM ypOBEHb TOPMOHA MOHHU3UTCA. ECIM 3TOro He MPOWCXOAWT, OHU
CIIMBAIOTCSA € JIM30COMAMH, TIOCTIE YETO PelenTopsl pa3pymatorcs. Oue-
BHJIHO, YTO BOCCTAHOBJICHHE UYBCTBUTEIHLHOCTH KJIETKU K dTOMY TOp-
MOHY TIOTpe0yeT HOBOTO CHHTE3a PELENTOPOB.

8.3. IEPE/TAYA CUI'HAJIA B ®OTOPELEIITOPHBIX
KIIETKAX CETYHATKH

doTopenenTopHble MOJIEKYJIBI BOCIIPHHUMAIOT B Ka4eCTBE CHUTHANA
KBaHT cBeTa. TeM He MeHee, IPUHIHUITBI IIepeAayd CUTHAIa Yepe3 MeM-
Opany y (oTopenentopoB M peLenTOpOB TOPMOHOB BECbMa CXOJHBI.
3pUTENbHBIA podoncun JOKAIN30BaH y OOJILIIMHCTBA MMO3BOHOYHBIX B
CHEIUATM3UPOBAHHBIX (DOTOPEENITOPHBIX KJIETKaX JABYX THIIOB — Ma-
JI0YKax M KOJOOUYKaxX, KOTOPbIE BHICTUIIAIOT BHYTPEHHIOIO CTOPOHY CET-
yaTku T71a3a (puc. 70). [Tanouku GyHKIIMOHUPYIOT B YCIOBHUAX CIab0OTO
ocBenieHus. OHM OYEHb YYBCTBHUTENBHBI K CBETOBBIM CHTHAJIaM U IMPH
CHJIbHOM OCBEILEHUH JeCeHCHOMIm3upytoTes. [Ipu spkom cBere 3pH-
TEeNBHBIN TpoIiecc obecreunBaeTcs Koooukamu. [lo-BuinmMmomy, nMeH-
HO KOJIOOYKH OTBEYAIOT 32 00bEMHOE H300paKeHHEe, pearupyroT Ha Ie-
pemenenne npeaMeroB. KonOouku mepenaroT IIBETOBYIO T'aMMy M30-
OpaxxeHusl.
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Puc. 70. Ctpoenue nanouku u
KOJIOOUKH

B konboukax comepxarcs
INIUIMCHTHBI, IIOTJIOIIAKOIIHNE B
pa3MUYHBIX 00JIACTSIX CIEKTpa.
Y uyenoBeka pas3InyarT TpU
BUJA KOJIOOYEK, IIOIJIOIIAI0-
IIMX CBET B KOPOTKOBOJIHOBOA,
cpeaHed W JJIMHHOBOJIHOBOM
00J1aCTAX BHIUMOIO CIIEKTpa.
HNMeHHO 3TH pa3inyus B CBOM-
CTBaX THTMEHTOB KOJOOYEK
JeKaT B OCHOBE I[BETOBOTO
3penust. [Ipu crnabom oceeie-
HUM KOJIOOYKU HE TMPUHUMAIOT
CUTHaNA, U TJa3 He BOCHPUHU-
MaeT 1BET 00BEKTOB.

Penentopnas ~ memOpana
MaJIO4YeK COCTOUT M3 3aMKHY-
ThIX JUCKOB, HE COIIpHUKacaro-
HIuXxcs C HHTOHJ’[a3MaTPI‘ICCKOI7[
MeMOpaHOH, B TO BpeMs Kak B
KOJI00YKax oHA 00pa3yeT CHc-
TeMy ckinagok. Takum o6pa-
30M, JUIS TiepeJadyd CHTHalla B
MaJovKax OT AMCKA K IIa3Ma-
THYECKON MeMOpaHe HeoOXo-
UM THIPOQWIBHEIA TOCpe-

HUK. Kak manouku, Tak U KOIOOYKH yCIOBHO IETST Ha J[BA CEIMEHTA:
Hapy KHBII U BHyTpeHHU. HapyXHBII cCerMeHT conepkuT (¢oTopenen-
TOpHBIE MeMOpaHbl, a BHYTPEHHUH — crielnaiu3upyeTcs Ha TeHepaluu
SHEPTMM M COJEPXKHT ammapar, CUHTE3UPYIOUIMH MOJEKYJbl BTOpHY-
HBIX IIOCPEIHUKOB, YUaCTBYIOLIUX B Iiepeade cursaia. 113 BHyTpeHHe-
ro cerMeHTa (OpMHUpYyeTcsl CHHANTHYECKOe OKOHUAHHE, OCYILECTBIISIO-
niee mepeAavy CUTHala K HEpBHBIM BoJoKHaM. Hapy>kHBIM cerMeHT
JIETKO OTHENAETCS OT BHYTPEHHETrO MPH MITKOH TOMOTEHH3alMH MEM-
OpaH, 4TO MO3BOJSET C TMOMOIIBI0 MU (HepeHINANBHOTO HEHTPUPYTH-
POBaHUsI BBLIENATH (DOTOpErienTOPHBIE MEMOPAHBI B UUCTOM BHJIC.
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3puTeabHBINA POOOTNICHH (KaK U OAaKTEePHOPOJOIICHH), COJAEPKHT B
akTUBHOM IieHTpe 1l-yuc-peruHans. benkoBas wacTh pojorcHHA
0e3 peTwHans Ha3bIBaeTCs OncuHoM W (QYHKUHOHUPYET Kak Qep-
MeHT. llepBUYHBIE CTPYKTYpHI 3PHUTEIBHOTO POJOICHMHA U OaxTe-
puopojaoncuHa pa3nuuHbl. [lonmunentuaHas enb poJAONCHHA CO-
ctouT u3 348 amuHokucnoT. K Mosekyse Oenka npucOeIMHEHBI B
OJINTOCaxapuIIHbIe LEIH, IPUCOEJUHEHHbBIE K OCTaTKaM aclaparuHa
B mosokeHnu 2 u 15. Kak u y 6akTeprnopoioncuaa, MoJaeKyJia 3pu-
TEIBLHOTO POJOICHHA MepeceKkaeT MeMOpaHy 7 pa3, HCIONb3Ysl yda-
CTKH NEPBUYHON CTPYKTYPBI, COCTOSIIIMUX U3 THAPOPOOHBIX aMHHO-
KHCJIOT. Mexny co00r0 OHM COeAMHEHBI KOPOTKHUMH IEMIMHU THI-
POPUIBHBIX AaMUHOKHCIOTHBIX TMOcCienoBaTtenbHocTeld. Pernnanp
pacnonoxeH Ommwxe k C-koHmy Oenka. IIMrMeHTBHl K3 KOJIOOYEK
CeTYaTKHU IJ1a3a 4eJIOBEKa, YCIOBHO Ha3BaHHBIE 110 00JacCTH IOTJIO-
IaeMOTO MMM CBETa «KPACHBIN», «roly0Ol» M «3eleHbli», 0OHa-
PYXKHBAIOT B CBOEH CTPYKType uepeaoBaHue THAPOPOOHBIX U THA-
POGUIBHBIX Y4YacTKOB, IPU 3TOM «KPAaCHBIN» U «3€JCHBIN» IIHUI-
MEHTHI 00J1aJJal0T BEICOKOW CTEMEHBI0 TOMOJIOTHH C POJOTICHHOM H3
najouek, a «roxy0oil» 3HaYUTENHHO OTIAUYAETCS OT HETO.

BakTepnopoaonCcHH 1 POIONICHH M3 NANOYEK CEeTYATKU MPAKTHUECKH
HE MMEIOT TOMOJIOTUYHBIX yYacTKOB, OJHAKO OHU (OPMHPYIOT CXO[-
HBIE€ CTPYKTYpBI B MEMOpaHe, COCTOSIINE B KaXI0M ciiydae u3 7 TUIpo-
(OOHBIX KOJIOHH. Bpsia nu 3TH OBa MUTMEHTa UMEIOT JHUO0 MPSMYIO
9BOJIOLMOHHYIO CBA3b. Ilo-BHIMMOMY, yIIaKOBKa MOJIEKYJIbl PETHHAIS
B 7 O-CIMPAIbHBIX KOJOHH SBJISIETCA ONTHUMAaIBHBIM CIIOCOOOM obecre-
4YeHusl ero (yHKUHOHUPOBAHUS B MEMOpaHe B KauecTBE MEPBUYHOTO
aKlenropa KBaHTa cBeta. PomoncuH o0agaeT XapakTepHBIM CIIEKTPOM
noryiomenus B oomactsax 280 u 500 am (puc. 71).

B ocHoBe (pyHKIMOHMpOBaHMS KaK POJOICHHA, TaK U OaKTepHOpO-
JIOTICHHA JIEKUT CBETO3aBUCUMas n3oMepusanus pernHand. [Ipu normo-
IeHUN KBaHTa cBeTa |1-yuc-peTwHAIs POMONICHHA MEPEXOAUT IOTHO-
CTBIO B mparc-popMy. ITa U30MepU3alisl 3alyCKaeT KacKajl peakiuui,
COMPOBOXKAIOUINXCA H3MEHEHHEM CIIEKTPa IOIJIOUICHHS MOJIEKYJIbI
POIOICHHA.
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Takum 00pa3oM, B pe3yiib-

§ 081 TaTe TorjomeHus GoToHa po-
£ JIOTICHHOM  TIPOMCXO/IMT 00pa-
.;E, 06 30BaHUE OICHUHA U CBOOOHOIO
S perunans. Jlpyroil pesyJbraTr
§ 04r 3TOrO TMpOoIecca — THIePIOIIs-
3 ook pu3anys MeMOpaHbI ITanoyeK.
3~ B HOpMe Ha mMemOpane maio-
g 0 l . HeK PETUCTPUPYETCS TaK Ha3bl-
400 500 600  BAaeMbIi  «TEMHOBOH  TOKY,
dnuna Bonnsi, im obecrieyrBacMblii  BXOJOM B

KJICTKY HATpPHS M BBIXOJOM Ka-

Puc. 71. CrexTp HOTIOmECHHS nus 3a cuet pabotel Na/K-AT-
3PUTEIHLHOTO POIOIICHHA ®aser (cm.  paspen 6.4.1).

TpancmeMOpaHHbBI TOTEHIH-

al TpH ITOM  COCTaBIISET
20 MB. Bcmpimmka cBeTa BBI3BIBACT THIEPIIOSIPU3AINI0 MEMOpaHbI 10
70 MB. IIpu 3TOM ee BenMYMHA MPONOPIIOHAIbHA HHTEHCUBHOCTH OC-
BEIICHHUS.

lNunmepnionsipuzatius MeMOpaH U3MeEpSETCS ¢ TOMOIIBI0 MUKPOJJIEeK-
TPOJHON TEXHHUKH M MOXKET OBITh CO3/1aHa B OKCIEPHUMEHTE MPHIIOKE-
HUEM MOTEHIMaNa K caMoil MmemOpane. C MOMOIIbI0 3TOT0 MeToja Obl-
JIO J0Ka3aHO, YTO THUIEPIONSApHU3aIs MEeMOpaHbl MATOYKU SBISETCS
HEOOXOAMMBIM U JOCTaTOYHBIM yCIIOBHEM Iepefadd CBETOBOTO CHTHA-
JIa Yepe3 CHHAICHI K 3pUTEIbHBIM HeHpOHaM.

TakuMm 00pa3oM, MOTJIONIEHNE KBAHTA CBETa PETHHAIEM POJIOICH-
Ha, JIOKAJIN30BaHHBIM B JUCKE, JOJDKHO NMPUBECTH K THNEPIOISIPU3a-
UM TUTa3MaTUYECKOW MeMOpaHBl Mallo4eK, HEMOCPEIACTBEHHO HE
CBsI3aHHON ¢ MeMOpaHOH ¢oTopelnentopHoro nucka. Hamuuue BTO-
puuHoro Mmeccenmkepa (I’ M®) mpenmnoniarano y4acTue Creruaib-
HOTO Oenka-mocpenHuka Mexay ['T® u poIoncuHOM, PEeTyIupyro-
mero mporecc ob6paszopanus ul’ M®. 3Ortor O6enok OBLT Ha3BaH
MpancoyyuHoM, TaK KaKk OH Y4acTBYeT B TpaHCIyKIHH (Ipeodpazo-
BaHWH) CBETOBOI'O0 CHTHaiIa B JiekTpuuyecknid. Okaszanoch, UTO
TPAHCAYIIMH COCTOUT U3 TPeX CYOBEIUHHI] — O, 3 U Y, CIIOCOOHEBIX K
00paTUMOM TUCCOIUAIUH.
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AKTHBUpPOBAHHAs CBETOM MOJIEKyJa POJOIICHHA — Memapooon-
cun-1I — oOpasyer cnenuduueckuii KOMIUIEKC ¢ TPAHCAYIIMHOM, Ha-
xomsmumMcsa B komriekce ¢ I'JI®, koTopas cBs3eiBaercs ¢ a-cybe-
IUHHIEH TpaHcaynuHa (puc. 72). B3ammopeiicTBue pomorncuHa c
TpaHCAYIMHOM KaTanu3upyer oomeH Ha o-cyovenunune ['JID nHa
['T®. Tlocae 3TOro KOMIIEKC TPAHCAYLHHA C POJOICUHOM JTUCCO-
UUPYET, U MPAKTHYECKH OJHOBPEMEHHO IMPOUCXOIUT AHCCOIHA-
s TpaHCAylIMHA Ha O-cyObeamHwmIly, cBs3amHylo ¢ ['TO, u Ha
KOMIUIEKC, COCTOSIIUNA W3 [- M Y-CyObSAWHUI. 0-CyObeIUMHUIIA
tpancaynuHa B ['Td-cBsa3zanHoit dopme aktuBupyer ul MdD-3aBu-
cumyio ¢ochonmudcTepasy. ITOT (epMEHT HMEET aHAJIOTHYHOE
CTpoeHHe (COCTOMT U3 Tpex cyObeauHul, o, p u y). Marudbuposa-
HHUE OCYUIECTBISAETCS 3a CUET CBsA3bIBaHUS cBsizaHHOU ¢ ['TD a-
cyOBequHALBI ¢ Y-cyObenuHuIel Gochoauscrepasnl. [Ipu sTom y-
CyObeMHUIIA OTIEIICTCSA, & CBOOOIHBIC O- U B-CyOBETMHUIIBI OCY-
mectBAA0T ruaponu3 ['TO. DToT mpouecc NpoTekaeT ¢ OYEHb
b6oapmoi ckopocThio (10 4000 MOJIEKYJT B CEKYHAY).

AKTHBHUpYIOIIEE BIUSHUE TpaHCAyNHWHA Ha (ochoamdcTepasy mpe-
kpamaetcst niocie ruaponuza ['TO. B panpueiimem xomiuieke B- u y-
cyOBpenuHuUI TpaHcayuHa accoruupyet ¢ I'JId-cBsa3anHol Gopmoit o-
CyOBEeIUHUIIBI, U MOJIEKYJIa TPAHCAYIIMHA CHOBA MPUOOpPETAET CIoc00-
HOCTh B3aUMOJICHCTBOBaTh C (POTOAKTHBUPOBAHHBIM POJIOTICHHOM U
BECH LIUKJI TOBTOPSETCA.

B pesynbprare akTHBauMM OJHOW MOJIEKYJIBI POJOTICHHA 00pasy-
eTCS HECKOJIBKO COTEH AaKTHBHBIX KOMIUICKCOB O-CYOBHEIHMHUIIEI
Tpancayuuna ¢ ['T®. Oto nepBas cranusa ycuiaeHus. 3ateM o-cyOb-
eMHNIIa aKTUBUPYeT QocdoamdcTepasy. Ha 3Toit cragnm ycuneHus
CHTHAJIa HET, TaK KaK KaXXJI0H CyObeIUHUIICH aKTUBUPYETCS TOJIBKO
ojiHa MoJieKysa gocdoaudcTepasbl. 3aTeM KOMIUIEKC 0-CyObeIMHHU-
ubl ¢ Qocdonmdcrepazoii (KOTOPHIH HE AHCCONMHUPYET, MOKAa HE
npoiiner ruaponu3 ['TAD) ocymecTBiseT mpeBpameHne HeCKOIbKUX
ThICSY MoJieKyd il M®. B 3ToT nmepuo npoucxoauT 0ojee 4eM Thi-
csAYeKkpaTHoe ycuileHHe. Jlamee MexaHW3M ycCuieHUs paboTaeT Ha
MeMOpaHHOM ypOBHE, PeryJHpys HaTpUEBBIE KaHAIbl U TEHEPUPYS
aeKTpuueckuil ummyibc. [lonpobHoe ommcanue y4yacTust TpaHCHY-
I[MHA B TNepeJadye 3pUTEIBHOr0 CUTHaia OOHApYKUBAET JIO MaJbIX
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podoncun*

Puc. 72. Mexanu3m (yHKIHOHUPOBAHHMS 3pUTEIILHOTO POJIOTICHHA

noapo6HocTel yuactue G-0enkoB B 00pa3oBaHUHM BTOPUYHBIX MEC-
CeHIKepoB (cM. HIDKe) TpaHCAYLUMH HMIpaeT KIIOYEBYIO pOJIb HE
TOJIBKO B aKTHBAllMM, HO U B MHAKTHUBALUU CUTHaJIa. BriroueHue u
BBIKJIIOUEHHE CHUTHANa OCYIIECTBISIOTCSA dYepe3 «-CyObeInHHITY.
IIpu 3TOM KIItOUEBOM CTaguell ynpasneHus ssisercs ruaponus ['TO
no I'1®. Peaknuu, Benymue K akTHUBALMM IIpoIecca, SHEpreTude-
CKH BBITOJIHBI. HekoTOphle peaknnyu MHAKTHBALUHA TPEOYIOT JTOTIOJ-
HUTEJIbHOW YHEPIUHU.

PoponcuH MHaKTHBHPYETCS C MOMOILBIO CIIEUATBHOW NMPOTEUHKHU-
Ha3bl. JTOT (epMeHT mpucoenuHseT ¢ocdaTHbIe TPYIIEI K HECKOIb-
KMM aMHHOKHCJIOTaM Ha OJHOM KOHIIE TOJHIENTHIHON ey OICHHA.
3areM pononcuH 00pa3yeT KOMILIEKC ¢ OeIKOM, Ha3bIBAEMBIM apecimu-
HOM, KOTOPBIM OJIOKHpYET CBSI3bIBAaHME TPAHCIyLMHA U BO3BPAILACT
CHCTEMY B HCXOJTHOE KTEMHOBOE) COCTOSHHE.

Hecmotpst Ha TO, YTO MeXaHHM3M Iepelayd curHaia ot (oTope-
LHENTOPHOTO AMCKA K IIa3MaTHUYeCKOH MeMOpaHe M3y4eH I0CTaTod-
HO HOJPOOHO, psAll BOIIPOCOB OCTaeTCs HE BBIICHEHHBIM. Bo-nepBbIX,
HEe BIIOJIHE TIOHATHA pOJIb MOHOB Kanblus. B HexoTopwix paboTax
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ObLIO TIOKA3aHO, YTO CBETO3aBHCHUMOE YBEJIHMUYEHHE KOHIICHTPAIMH
BHYTPUKICTOYHOT'O0 KaJbIHS MPUBOJHUT K TUICPHOJISPU3ANUN MEM-
Opanbl, KOTOpas ucyesaet nocie yaaneHus noHos Ca. Ilpu atom xe-
narupyrommx Ca®" areHTOB, CHIKAeT 4yBCTBHTEIBHOCTH (OTOpE-
LENTOPHOU KJIETKH K CBETY.

B mocnennee BpeMs akTHBHO 00Cyxaaercs poib (HhOcPOUHO3UTH/I-
HBIX MECCEHIKEPOB B IIepeade CUTHalIa B (POTOPEIENTOPHON KIIETKE.
[TokazaHo, 9TO OHOKPATHOE OCBEIICHHE MPUBOANT K aKTHBAIUU (OC-
(hOMHO3UTUIHOTO IUKIIA. BBUIO MOKa3aHO, YTO OCBEINEHUE MAIOUEK aK-
TUBUpYeT (hocdonumazy A,, ¥ 3TOT IpoIlecc 3aBUCUT OT TPAHCIYIIHHA,
TaK KaK MHIHOUPYETCsS KOKJIIOIIHBIM TOKCHUHOM. [lo-Buammomy, ¢oc-
(hOMHO3UTHUIHBIA UKJ TAKXKE YYaCTBYET B Iepeaaye curHaia B oTo-
PEIENTOPHON KIIETKE, OJHAKO MEXaHWU3MBI 3TOTO yYacTHS eIle Mpej-
CTOWT MCCIIEIOBATh.

OyHKIIMOHUPOBAHKUE POJIOTICHHA B (DOTOPEIENITOPHBIX JMCKAX CY-
IIECTBEHHO 3aBHUCHUT OT JIMIIUAHOTO OKpYXKeHus. B ¢oropenentopHoit
MeMOpaHe HH3KO COJep’KaHHe XOJeCTeprHa, a OCHOBHBIEC (DochoHImm-
Iel, Bxomsmue B ee coctaB (pocharummnxomun — 40%, docharummns-
taHonamuH — 38%, docharuauicepun — 13%), comepikat MoaaBIisAsiiO-
mee KOJIMYECTBO MOTMHEHACHIIIICHHBIX KUPHBIX KucaoT (1o 90%). Ta-
KON cOCTaB MeMOpaHbl, MO-BUANMOMY, OOECIICUHMBAET BBICOKYIO CTe-
MeHb JKUJKOCTHOCTH MeMOpaHbl, HEOOXOAUMYIO sl ()YHKI[MOHUPOBA-
HUs pozorncuHa. B To ke BpeMs, Oonbiroe komaundecTBo [lonnHeHack-
MICHHBIX KUPHBIX KUCIOT JenaeT (HoCQOIUIMUIBI CETYATKH YSI3BUMBIMHU
JUTSL OKUCITUTEIIBHOTO MOBPEKACHHUS (CM. IPEIBIAYIIYIO [JIaBY ).

MexaHu3Mbl paboThl (HOTOPELECITOPOB U PEIEIITOPOB TOPMOHOB BO
MHOTOM ITOA00HBI (cM. puc. 65). CBsA3bpIBaHHE TOPMOHA C PEIECIITOPOM
MpUBOAUT K akTuBarmu G-0enka, a BO30yKJIeHUE POJOIICHHA KBAHTOM
CBeTa — K aKTuBanmu Tpancayuuna (puc. 73). Kak akruBamnus G-6emnka,
TaK W aKTUBAIM TPaHCIyIIMHA BKIIOYArOT cBs3biBaHue [ TD o-cyObe-
nmuaAIed. G-0€IoK akTUBHpYeT aneHwmarimkiasy (All), a TparcayrmH —
dochoamdcrepazy (DJ13). Oba 3TUX PepMeHTa OCYLIECTBISAIOT CBOH
GYHKIMH Yepe3 MUKInYecKre HykieoTuapl. TAM® ydacTByeT B pery-
nsun pepMeHToB — 3¢ (HeKTopoB TopMOoHOB, a Il M® nHAYIHpPYET OT-
KpBIBaHHE HATPUEBOTO KaHAJIa B IUIa3MaTHUECKONW MemOpaHe ¢oTope-
LENTOPHOMN KJIETKH.
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Amnarorust B iepefiade curHana B (OTOpElenTOPHON KIETKE ¢ mepe-
Jlayeif TOpMOHAJIBHOTO CUTHalla YCHJIMBAETCS TEM, YTO TPAaHCAYLUH U
(G-0enoK UMEIT He TONBKO 00mue GYHKIUHN, HO U OOIIYIO CTPYKTYDY.
Bce nccrnenoBanHbIe K HACTOSIIEMY BPEMEHH ONKH 3TOH TPyl HMe-
10T HJCHTUYHBIC [3-CyObeANHUIBI, a 0-CyObeANHHUIA BBIOJIHIET CXO/-
Hble ¢yHKUuH. MccnenoBanne mepBUYHON CTPYKTYpBI TPaHCAyLHHA H
Tpex G-0eJIKOB M3 Pa3INYHBIX KIIETOK BBIABHIIO, YTO Oosee 50% ux mo-
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Puc. 73. CpaBHeHue nmyTeli nepeaayd ropMOHAIBHOTO U
3pUTENBHOTO CUTHANA
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JUTENTUAHBIX [eTel MPaKTHYecK: ToMoaorudHel. [Ipu aTom B cocraBe
0-CyOBeIMHUI] KaK TpaHCAyIUHA, Tak U G-OCJIKOB MMEIOTCS KaK KOH-
CEpBATHUBHBIE MOTHUBBI, TAK ¥ MOTHBBI, BO3HUKAIOLINE B XOJAE 3BOJIO-
nuu. I G-6enku, M TpaHCAYIIMH MUMEIOT TPU LIEHTPa CBAZBIBAHUS: IS
peuenTopa, UIS TYaHHJIOBBIX HYKJIEOTHONOB st Oenka-addekropa
(ameHMMaTOMKIA3B! U1 KOMIUIEKCa TOPMOH-perentop U ¢pochoauscre-
pas3sl B ciaydae TpaHcaynuHa). Hambomee KoHCepBaTHBHBIMH ITOCIIENO-
BaTENbHOCTAMH aMHUHOKHCIIOT OONaJaloT IEHTPHI CBS3bIBAHHUSA T'yaHU-
JIOBBIX HYKJIEOTHJIOB.

HNHTepecHo, YTO yYaCTKH CBS3bIBAHUS ['yaHUJIOBBIX HYKJIEOTH/IOB
B G-0enkax W TpaHCAYNHWHE OKAa3aJIMCh TOMOJOTHYHBI OOJACTSIMHU
cBsa3biBanus [ TD B Genlke COBEpIIEHHO APYroro Kiacca, B TaK Ha3bl-
BaeMOM ¢hakmope 370Heayuu. ITOT (PAKTOpP Y4aCTBYET B CUHTE3E
Oenka, o6pasyet komruiekc il M® ¢ monexymamu amuHOanuA-TPHK
u obecrieunBas JOCTaBKYy aMHUHOKHCIOT K MECTy YUIMHEHUS TOJH-
nenTuAHOHN uenu. Lukn GyHKUMOHMPOBAHUS 3TOTO O€JKa MOXO0X Ha
ki1 G-0eTKOB M TPAaHCAYLHWHA — B OCHOBE €r0 JIEKHUT MEXaHU3M
pacuieryieHuss CBSI3aHHOTO B akTUBHOM IieHTpe ul'M®. Bo3moxHo,
9TO (PAKTOpP AJIOHTALMH SIBISETCS IBOJIOLNUOHHBIM MPEIKOM TpaHC-
nynuHa 1 G-OenkoB. Ecnu 3TO Tak, MBI IMEEM elle OJHO MOITBEp-
KICHHE €IWHCTBA MyTeH OMOXMMHUYECKOW HBOmONUU. OmHAXKIBI
HaWJeHHBII NPUPOJON MEXAHU3M HUCIIOJb3YETCA Uil PELICHUS MHO-
THUX CXOJHBIX 3aja4.

8.4. BHOXUMHYECKHE MEXAHU3MbI ObOHAHUA H
YCHIIEHUA IIEPBUYHBIX 34AIIAXOBbBIX CUT'HA/IOB

B naugane 50-x rogo XX B. Opa Cézepnena Ha npuMepe aapeHau-
Ha, CTUMYJIUPYIONIEr0 00pa30BaHKE TIIFOKO3bI U3 TIUKOTeHa, paciud-
poBal NPUHLHUIBL ACHCTBUS agpEHATMHOBOTO PELENTOPa, KOTOPBIXA
OKazaJiCss OOITUM ISl IMAPOKOTO KpyTa PErenTopoB. YKe B KOHIE XX
B. OBUIO OOHApPY’KEHO, YTO BOCIPHUATHE 3aIIaxOB OCYIIECTBISETCS aHa-
JIOTUYHBIM 00pa3oM, BIUIOTh A0 JETallell CTPOEHHS OEeNKOB-PelenTo-
POB.

[TepBuunBIe penienTOpHBIE OETKH — 3TO BEChMa CIIOXKHBIE MOJEKY-
JIBI, CBSI3BIBAHME KOTOPBIX CO CBOMMH CyOCTpaTaMu BBI3BIBAET B HHX
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a KapmaHn
OBOHATENbHOMD

peLentopa

Tyr 278

.‘@“8 IVCVGCTDaT
"

Puc. 66. Cxema crpoeHus
00OHATEEHOTO PeIenTopa

=
N
H

His 159

a — TIONepeYHOe CEe4YeHHe CeMU-
JIOMEHHOW CTPYKTyphl; O — cxema
B3aUMOJEHCTBUSL OJOpPAHT (JIUpan) —
penentop (BHI CBEPXY).

OIlyTHMbIE CTPYKTypHBIE H3-
MEHEHHMs, BCIE] 332 KOTOPHIMU
Ha4YMHAETCsl KackKaj KaTaJuTH-
yeckuX ((pepMEeHTaTHBHBIX) pe-
akuui. [lns peuenrtopa 3amaxa
(0mOpaHTHOTO), Tak k€ Kak U
UL 3PUTEIBHOTO PeLenTopa,

3TOT MPOLECC 3aBEPIIACTCS
HEPBHBIM HMIIyJbCOM, BOC-
IIPUHUMAEMBIM HEPBHBIMHU

KJIETKAMH  COOTBETCTBYIOIINX
OTJIEJIOB MO3Ta.

Ha puc. 66 cxemarndecku
IMOKa3aH MEXaHW3M JEeHUCTBUS
aJpEHAIMHOBOTO  PEeLernTopa.
CornacHO TOCHETHUM JIaH-
HBIM, CTpPOEHHE OJOPaHTHOTO
peuentopa COBEpIIEHHO aHa-
JIOTHYHO.

Kak BugHO Ha pucynke 74
pelenTOpHEI OeoK BKITFOYa-
€T TaKyIo IOCJIe0BATEIbHOCTD
aMUHOKHCIIOT, KOTOpasi cCoaep-
KUT CeMb THAPOPOOHBIX pe-
ruoHOB oT 20 10 28 ocTaTKoB B
KaKIOM. OTH MOJUNENTHIHbIE
Y4acTK{, CBEPHYTHIE B 0-CIIH-

paib, o0pa3yoT MEUKpOTpyOouku. TakuMm oOpa3oMm, pelenTOpHBIA HH-
TErpaJIbHBIN OEJIOK MpeICTaBiIsieT cO00i CBOeOOpa3HyI0 MauKy U3 CeMHU
MHUKpPOTpYOOUeK, nepecekaomux onomeMopany. TonmunHa JUITUAHOTO
oucinos B MemOpane coctapiser 30 A, a 1umHA OTHOrO OcTaTka B
o-crmpanu pasha 1,5 A. Tlentunusle yuactku B 20-28 0CTaTKOB Ha O-
CIUPAaIbHOM y4YacTKe OCIKOBOW MOJEKYIbI HMEIOT AOCTATOYHYIO JJTH-
Hy, 4TOOBI Tepecedb MeMOpaHHBIN Oucioil. Takas cTpykTypa HWHTe-
TpaNBHBIX OEIIKOB XapaKTepHa IS PELENTOPOB ONICHHA B CETYATKE TJia-
3a, pelenTOPOB CEPOTOHUHA, aJpeHATNHA, THCTAMUHA U OJI0PAaHTOB.
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C BHENTHEH CTOPOHBI KJICTOUYHON MEMOpPaHbI OeI0K-peIenTop mpe-
CTaBJIAET COOOW PO3ETKY, MOCTPOCHHYIO OJHOTHUITHO IS Pa3HbIX pe-
uenTopHeix cucteM. Ha puc. 74 mpeacraBiieHa cxeMa B3aUMOICHCTBUS
MEXAY MOJICKYJION supara (CHHTETUYECKUH OJOpaHT) U OOOHSTENb-
HBIM PEIETITOPOB KPBICHI, IPEJCTABICHHBIM IISATHIO TUAPOPOOHBIMU 0~
MeHaMU. B Takux cxemax B HAcCTOAIIEe BpeMsl IIHUPOKO HUCIONb3YIOTCS
aHaJOrOBBIC KOMITBIOTEPHBIE MOZEIH, ITOCKOJBKY I OOJIBITHHCTBA
OCJIKOB TOKa e1Ie HE IMEETCS TOYHBIX PEHTTCHOCTPYKTYPHBIX JaHHBIX.

Boagymuan
Cpena

~

+
K
Puc. 75. Cxemaruueckas quarpamMma CTpOSHHUsI OOOHATENBHOTO JKI'yTHKA U

JBa XUMHUYCCKHUX MECXaHU3Ma YCI/IJIeHI/ISI CUr'HaJ1a 3ariaxa BHyTpI/I
00OHATEIBLHOIO BOJIOCKA

I — memOpaHHBI WHTETpalbHBIM KoMIuiekc — pementop (R) + I'TO-
cBs3pIBaromuii 6enok (G) + amenmmatmmkinaza (ALl); II — memOpanHBIH
UHTErpajbHbld KoMmIuieke — penentop (R) + ['Td-cesspiBaronuii Genmok +
dochonunaza C (DJIC).
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CoryacHO 3TUM IIpeJCTaBICHUSIM, OOOHSTEIbHBIH perenTop odpa-
30BaH CeMbIO THIAPOGOOHBIMU JOMEHAMH MeMOpaHHOro Oenka. Jlu-
TaH]I-CBSA3BIBAIOIINE AMHUHOKHCIOTHBIE OCTATKU (POPMUPYIOT «KapMaHy,
PacIONIOKEHHBIH, TI0 KpaifHe#l Mepe, Ha pacctosuuu 12 A ot moBepx-
HocTH KieTkd. OH MOX0X Ha aHAJOTHMYHBIN LIEHTP peuenTopa aapeHa-
JIUHA W CBS3BIBAIONIMI KapMaH JPYTHX HaJMOJIEKYJISIPHBIX MEeMOpaH-
HBIX KOMIUIEKCOB, TaKXKe COJAEPKAIIUX MO CeMb THAPOGOOHBIX CITH-
PaAJIbHBIX JJOMEHOB BHYTPH MEMOPAHHOM CTPYKTYPHI.

B MemOpaHe OOOHSATEIBHOTO BOJIOCKA MPEACTaBIIEHBI 00€ TPUAIbI
MeMOpaHHBIX WHTETPATBHBIX OCIKOB, MPECTABISIFONIIX CO00H HEKOBa-
JIEHTHO CBSi3aHHBIE penentopsl, G-0enku U (epMeHTh, 00pa3yromue
COOTBETCTBYIOIIME BTOPHYHBIE MECCEH/IXEPHl, KOTOpPHIE 3aITyCKaroT
BHYTPHUKJICTOYHBIN Kackaa peakiuii (puc. 75). Takum o6pazom, docdo-
pUIMpOBaHUE OCIIKOB MPOTEHHKHWHA3aMK M aedochoprimpoBaHie uX
COOTBETCTBYIOIIUMH (ocdarazaMu OKa3aloch YHHBEPCAIbHBIM MeXa-
HU3MOM MTHOBEHHOT'O OTBETa KJICTKH Ha BHEIIIHEE BO3JICHCTBHE.

B pesynprare dochopunmmpoBanus MeMOpaHHBIX OCITKOB OTKpBIBA-
IOTCSI KaHAJTBI TIPOBOJIMMOCTH KATHOHOB, U, KaK CIIEJICTBHE, MTHOBEHHO
MEHSETCS MEMOpPaHHBIN MMOTCHIIUAN KIIETKH, B PE3yJIbTaTe Yero reHepH-
pyercs moteHuuan aeictBus. IlocnenHuil mepegaeTrcss MO akCOHY B
OOOHSITENPHYIO JIYKOBHITY, TJ€ W IPOHUCXOJUT OICHKA U OTJHEJICHHE
OHMOJIOTHUECKH 3HAYMMBIX CHTHAJIOB OT OOOHSTEIHHOTO «IIyMa», a 3a-
TEM OTOOpaHHBIE CUTHAJBI HAIIPABISIOTCS B MO3T, TJI€ M BBI3BIBAIOT TIO-
BEJICHYECKUH OTBET.

8.5. PEIIEIITOPBI BO3EY/JUMbIX TKAHEH

B kaxnoit kinerke GyHKIHOHUPYIOT OOBIYHO HECKOJIBKO Pa3HBIX pe-
LENTOPOB K OJHOMY U TOMY € XMMHUYECKOMY CHUTHAy (Hampumep, o-
u B-agpeHopenentopsl). B nomonHeHue, kieTka 4yBCTBUTENIBHA K He-
CKOJIBKMM PEryJISITOPHBIM MOJIeKyJiaM (HeWpoMeauaTopaM, TOpMOHaM,
npocrarijanauHaM, (akrtopaMm pocta). Kaxnplii U3 3TUX PEryisaropoB
HUMEET XapaKTEePHBIE MPOJOJDKUTEIBHOCTh U aMIUIUTYy PEryJIsATOPHO-
ro curHana. Ha ypoBHE HCIIOJIHUTEIBHBIX CUCTEM KJIETKH MOXKET IPO-
HCXOJUTh KaK IIOTEHIIUUPOBAHUE, TAK U B3aUMHOE T'allIEHUE PA3HBIX Pe-
TYJIATOPHBIX CUTHAJIOB.
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[lepenaua curnana gepe3 MeMOpaHy He BCET/Ia COIpsDKEHa C BKIIIO-
yeHneM G-0enkoB. CyIIeCTBEHHOE KOJHMYECTBO PELENTOPOB, KaK MbI
TOBOPHJIM, UMEET CBOMCTBA CaMOCTOSATENIBHOIO KaHaja. OTH PELEnTo-
PBI OOBEIUHSIOTCS B KJIACC PELENTOPOB OBICTPOTO OTBETA M OCYIIECTB-
JISIOT OTBET Ha CUTHAJl B TEUEHHE HECKOJIBKUX MUIUTHCEKYHI. Ha BO3-
OyauMBble TKaHH, K KOTOPBIM OTHOCSITCS HEPBHBIE, MBIILICUYHBIE U CEKpe-
TOpHBIE KJIETKU, HHPOPMaLMS IepelaeTcs yepes cruennanbHoe o0paso-
BaHHME — cUHArC. 13 OKOHYaHUS HEPBHOM KIIETKH BBIIEISAETCS HEUPO-
MEIUAaTOp, B3aUMOJEHUCTBYIOIUI ¢ pEeLEnTOpaMu MOCTCUHAIITUYECKON
MeMOpaHbl Opyroi kietku. HamOosee TUMUYHBIM TpPUMEPOM TOI00-
HBIX PEIEeNTOPOB SIBISIETCA AaleTHIIXOJIUMHOBBIN penenTop (XonnHope-
LEenTop). XOJUHOPELUENTOPHI MTOIpa3AeSI0OTCs Ha 1Ba THIMA: HUKOTHHO-
Bble U MyCKapuHOBbIE. Kak A MepBhIX, TaK U U1 BTOPBIX arOHHUCTOM
SIBJISIETCS] ALIETUIIXOJIMH, OJTHAKO IEPBBII THII PELIENITOPOB aKTUBUPYET-
s ellle ¥ HUKOTHHOM, a BTOPOIl — MyCKapHHOM, BEILLIECTBOM, COJIEprKa-
IMMCS B MyXoMope (Amanita muscarina).

HukoTuHOBBIE penenTopsl pacloyIOKEHbl B MECTE€ KOHTAaKTa aKco-
HOB CO CKEJIETHBIMH MBIIIIAMH, a MYCKapHHOBBIE COCPEIOTOYEHBI B
MO3T€, CEKPETOPHBIX KIIETKaX, TJIaJKOW U CEpIEYHON MbIIILAX. Y CIex
B HCCIIEIOBAHUHU PELENTOPOB BO MHOTOM 00s3aH NPUMEHEHHIO MpH-
POIHBIX TOKCHHOB, B TIEPBYIO OY€peib, A0B ITUel, MayKoB, 3MeH U He-
KOTOPBIX 3€MHOBOJHBIX. OTH SIbl coliepkar (ochonumassl, paspy-
maronie MeMopanHble Goconunuasl, YTO TaKKe MPUBOIUT K Hapy-
LIEHUIO NIepeayy CUI'Hala B KJIETKe, HO Hanbosee MpsiMOi MyTh Hapa-
JU30BaTh KEPTBY — HHTUOUPOBATH €€ OBICTPHIE PEIENTOPhl. DTUM IIy-
TEM M TOIIAa 3BONIONMS, B PE3YyJIbTaTe KOTOPOH Y HEKOTOPBIX JKUBOT-
HBIX U3 Pa3IM4YHBIX KIacCOB (PBIOBI, 36MHOBOJIHBIE, 3MEH, HACEKOMBIC)
MTOSIBUJIUCH SITBI — OJIOKATOPBI OBICTPBIX PEIICTITOPOB.

a-Byneapomoxcun U3 sifa 3Mei ceMeHCcTBa >aHuI0B (KOOPHI, MaM-
ObI 1 Ap.), cr10cOOEH CENEKTUBHO M HEOOPATHMO CBSI3BIBATHCS C HUKO-
THHOBBIM XOJIMHOPELENTOPOM. DTO IMO3BOIMIIO HASHTU(DUIIMPOBATE pe-
LENTOPHBIN 0€I0K U O4UCTUTH ero. [lepBUuHas CTpyKTypa XOJIMHOpe-
LEeNnTopa cHavana Obula YCTaHOBIICHA AJIs OeJIKa U3 3JEKTPUUECKOTO Op-
raHa ckara (B 9TOH TKaHU KOHIIEHTpALMsl PELeNTOpHOro Oejka Ha J1Ba
MOPSIKA TMPEBBIIIAET €ro KOHIEHTPAIUIO B IPYTHX TKaHIX, UYTO CyIIle-
CTBEHHO oOJyieryaer mnpoueaypy BbineneHus). [lo3mHee Ha ocHOBe
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UCCJIEJIOBAHUsI COOTBETCTBYIOLIMX TI'€HOB IIEpBUYHAS I10CJIEJOBATENb-
HOCTh XOJIMHOpEIeNTopa OblIa onpejeNieHa Uil TKaHeH YeloBeKa, Te-
JICHKA, LIBIIJICHKAa U HEKOTOPBIX IPYTUX KUBOTHBIX.

XonuHopenentop (puc. 76) COCTOUT U3 YEThIPEX CYObEANHHMIL — a, [3,
Y ¥ §; UX MOJISIpHOE cooTHoLIeHHe B Oenke 2:1:1:1, a MoneKyIspHbIE Mac-
cel — 40, 50, 60 u 65 x/la coorBeTcTBeHHO. Bee cyObenunuIb petentopa
TJIMKO3WIMPOBAHbI, W HAa JOJIO YITIEBOJHOI'O KOMIIOHEHTA HPHXOAUTCS
okono 20 x/la. [lepBrudHas mocaem0BaTEILHOCTh BCEX CYyOHETUHHIT XOIH-
HOpEILENTopa y Pa3iNyHbIX KJIACCOB YKUBOTHBIX BEChMa KOHCEPBATHUBHA!
romoorus npesbimaer 50%, a 1UIsi HEKOTOPBIX CyOBeIMHUL (HalpUMeED,
0-CyOBEIMHHAIIA DIIEKTPUIECKOr0 cKaTa u uenoBeka) — 80%. 13 uzommpo-
BaHHBIX O-, -, 0-CyOBEIMHHL TKAHH SIIEKTPUUECKOTO CKaTa U Y-CyObeau-
HHLB! TEJICHKa YAAI0Ch PEKOHCTPYHPOBATh XOJIMHOPELENTOp, 00Jagaro-
it pyHKIIMOHATEHOM aKTHBHOCTBIO.

Puc. 76. CTpyKTypa HUIKOTHHOBOT'O XOJIMHEPIHYECKOTO perenTopa, hop-
MUPYIOIIEr0 HOHHBIN KaHAIT

CyObequHUNbI, TOJUIENTHAHBIE IIETTH KOTOPBIX YETBIPE pa3a NMPOHHU3BIBAIOT
JIUMUAHBIN OUCIION, TINKO3UIMPOBAHbI U3BHE KIETKH, a BHYTPH B3aHMMOJECHCT-
BYIOT ¢ OeJIKaMy TyOyJIMHOBOTO U aKTHHOBOTO IIUTOCKENETa.
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[IaTh cyOBENMUHMII XOJWHOPELENTOpa, B IIOCIEIOBATEIEHOCTH
a-B-0-y-8 00pa3yroT KaHaj, MPOHHUIAEMBIN JJIsl HOHOB HATPHs, KaJlHs,
KaJbIWsI M J1a)Ke HEKOTOPBIX OPTaHUYECKHX KaTHOHOB. XOJMHOpPELEI-
TOp JIOKAJM30BaH Ha TIOCTCHHANTUYECKONW MeMOpaHe KIETKH U MPH CBS-
3BIBAHUM AICTHIXOJIMHA M3MEHSET CBOIO KOH(pOPMAIIMIO TaKuM 00pa-
30M, 4TO 4epe3 ycTbe, c(HOPMHUPOBAHHOE KaHAIBHBIMHU CyOBbEeIMHHIIA-
MU, BHYTPb KJIETKH YCTpeMIsioTcss HoHbl Na'. [IpoucXoauT aenonspu-
3anust MeM6paHBI, YTO NPUBOJUT K BBIXOIY K+ U3 KiIeTku. TOK MOHOB
K" Bo3BpallaeT moTeHIMan MeMOpaHbl K UCXOAHOH BeanuuHe. B mpo-
Iecce dTOW Tepe3apsKiu MeMOpaHBI, OCYIIECTBIIEMON MOTEHIIHAIIOM
HeﬁCTBHH, Yepe3 OTOT K€ KaHAJI BHYTPb KJIETKH MOI'YT BXOJUTH MOHBI
Ca®". CreoBaTeNnbHO, STOT KaHal HENb3s HA3BAaTh M3OMPATEIbHBIM B
OTHOLICHUH KaTHOHOB. B TO e Bpemst 3T0 OBICTpOIEHCTBYIOMIAs pery-
JSTOPHAS CUCTEMa — MOTEHIHAI JIeHCTBUS, BHI3BIBAEMBIN AlleTHIIXONH-
HOM, BO3HHMKACT M 3aTyXaeT B TKaHIX Mo3ra 3a 1-2 mcek, Omaromaps
YeMy CHHAIIC MOXKET MPOBOJIUTH OT aKCOHA HA HHHEPBUPYEMYIO KIIETKY
mo 500 mmr/c. B HepBHO-MBIIEYHOM CHHAICE MOTCHIMAN ICHCTBUS
JUTATCSI HECKOJTBbKO AombIie (80—120 mcek).

Takoe ObICTpO€ pa3BUTHE U TYIICHWE CUTHAJIA BO3MOXKHBI OJiaroa-
ps OBICTPOTE CBS3BIBAHUS AIETHIIXOJIUHA C PEIIETITOPOM, a TaKXKe BBICO-
KAM CKOPOCTSIM €ro JIMCCOLMAIMU OT PelenTopa U pa3pylieHus are-
TWIXOJIMHACTEPA30il. PasymeeTcs, He MEHEE BaKEH U MEXAHU3M OTKPbI-
BaHUs KaHaja 3a CYeT KOH(OPMAIMOHHBIX TEPEeX00B, MPOUCXOAIINX
B HAaHOCEKYH/JHOM HHTepBalie. becriepeboitHoe PyHKIMOHUPOBAHHE XO-
JMHEPTHYECKOTO CHHArca TpeOyeT OOINBIIOro 3amaca aneTHIIXOJIHHA,
KOTOPBIA CHHTE3MPYETCS BIPOK W HAKAILTUBACTCS B BE3HWKYJaX IMPECH-
HanTHYeCKOoW MeMOpaHbl. KpoMe Toro, B KIIETKaxX ITOJKHBI CYIIECTBO-
BaTh AOCTATOYHO BBICOKUEC I'PaAUCHTBI HOHOB Na+ u K+ o 06e CTOPOHBI
TUIa3MaTHYECKO MeMOpaHbl, KOTOPbIe CO3JAI0TCS U MOAICPKUBAIOTCS
Na/K-Hacocom.

BricTponeiicTBre areTmixoinuHa (Kak U APYTHX HEHPOMETHaTOPOR)
OTpeIeseTCS TaKXKe OCOOCHHOCTSIMHU TOTO MOP(OJOTHIECKOro o0pa-
30BaHMs, KOTOPOE CYIIECTBYET MEXAYy aKCOHOM M HHHEPBUPYEMOM
KIJIETKOW W KOTOPOE Ha3bIBaeTCsl CHHATcoM. biaromapst Tomy, 9to pac-
CTOSHHE MEXIy Tpe- M MOCTCHHANTHIECKOH MeMOpaHaMH COCTaBIISET
Bcero 300-500 A, a XonuHOpelenTopsl CKOHLEHTPUPOBAHBI B BHUIE
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KJIacTepoB B 00JACTH yYaCTKOB CEKPEIHH aleTHIIXOJMHA, B MOMEHT
pa3phiBa CEKPETOPHOTO IMy3bIphKa HEHpoMeauaTop OBICTPO OKa3bIBACT-
cs B MecTe ero pereniuu. Kpome Toro, npu pazapaxeHuu akCoHa Mpo-
MCXOAWT BBIOPOC CTOJIb OOJBIIOTO KOJIMYECTBA alleTHIIXOJINHA, YTO MO-
JIEKYJIBI 3TOTO HEMpoMeArnaTopa MTHOBEHHO HACHIIIAIOT BCE PEIICHTOPHI
¥ BBI3BIBAIOT MACCUPOBAHHKIH BXoq Na' B KIeTKy (pa3BUTHE MOTEHIHA-
J1a TCHCTBHS).

XONMMHEPTHIECKHE PEIIeNTOPHl HUKOTHHOBOT'O THUIIA UMEIOT JOBOJIh-
HO HHU3KOE CPOJICTBO K AlCTUIXOJHMHY — MOJyMaKCUMaIbHOE HACHIIIE-
HHE PELeNTopoB Habmomaercst B mprucyterur 10 M amermnxonuHa,
MO3TOMY Kak TOJIBKO alleTHIXOIMHAICTepa3a (JIOKaIn30BaHHAs B oOJac-
TAX, COCEACTBYIOIIMX C MOJEKYJIaMH XOJIHMHOPEIEHTOpPA) HAYMHAET
TUAPOIM30BATh AlCTUIXOIWH W TMOHIXKATh €ro YpOBEHb B CHHAIICE,
MPOUCXOAAT IUCCOLHMAIMS ATOTO HeHpoMmeamaTropa OT perentopa u
BO3BpallleHHe KaHaja B 3aKPbITO€ COCTOSHUE.

CpoacTBo peLentopa K HEMpoOMEeAUaTOpy WK TOPMOHY ONpeneis-
€TCsl COOTHOIIEHNEM CKOPOCTEH MUCCOIHAIIMHA W acCOIHAINA TOPMOH-
perenTopHoro Komruiekca. IIpu koHcTanTe aucconmanun 10*-10° M
CKOPOCTh AMCCOLMAIIUY AllETUIXOJIMHA OT peLenTopa COCTaBIIAET JOIH
MUJUTUCEKYHIBI, YTO, OY€Hb BaKHO JIJISI OBICTPOTO BOCCTAHOBIICHUS CH-
HaNTUYeCKOMN nepeaayu.

[To «xaHanbHOMY» MEXaHU3MY PabOTaIOT U HEKOTOPHIE APYTHUE pe-
HENTOPbI, UMEIOIIUE OIU3KYI0 MOJEKYJISIPHYIO MacCy W, Kak MpaBHIIO,
COCTOSIIINE U3 HECKOIBKUX CyOBhennHUIl. B 3aBUCHMOCTH OT CENeKTHB-
HOCTH HMOHOB, IPOITyCKAEMBIX KaHAJIOM, 3TH PEIENTOPHI TCHEPHUPYIOT
JETOJSAPU3ALUI0 WIH THUIEPHOIspU3annuio MeMOpaHbl. BeposTHo, 4TO
«BOPOTa» KAaHAJIOB BCEX ITHX PEIENTOPOB OTKPHIBAIOTCS IO €IUHOMY
MEXaHU3MY, TaK KaK Y HEKOTOPBIX CYOBEIUHUIl PA3INIHBIX PEIETO-
POB HallICHBI TOMOJIOTHYHBIC YYACTKH.

CoBeplUIEHHO HHYIO, OTJIMYAIOLIYIOCS OT XOJHUHEPTUUECKOIro
perenTopa HUKOTHHOBOTO THIA, CTPYKTYPY U NIPYTOodl MEXaHU3M
(GYHKIIMOHUPOBAHUS UMEET TaK Ha3bIBAEMBIH MYCKapUHOBBIM XO-
nuaeprudeckuit penentop (MXP) (puc. 77), KOTOPBIN JTOKAIH30-
BaH NMPEWMYINECTBEHHO BHE cWHarca. Ha 3ToT penenTop He Oeid-
CTBYET HUKOTHH, HO OH JIETKO aKTHBUPYETCSI MyCKapwHOM (ayka-
JIOUJIOM W3 SJIOBUTHIX TPHOOB), a TaKXke, pasyMeeTcs, alleTHIIXO-
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JUHOM, K KOTOPOMY HMeEeT
cpoactBo mopsaka 10° M.
CyuiecTBylT, MO KpailHei
Mepe, 4eThIpe THIa MyCKapu-
HOBBIX pEIENTOPOB, NMpPHUYEM
BCE OHU OJIM3KHU MO CTPYKTY-
pe (Mx monmumenTUAHAs LEeNb
CeMb pa3 MPOHU3BIBAET MEM-
Opany) u comnpsbkeHbl ¢ G-
OenmkaMu, HO TepemaloT CHUT-
HaJl pa3HBIM CHCT€MaM BHYT-
PUKJIETOUYHON CHUTHAJIW3alUU.
Tak, manpumep, MXP moryrt
ctumynupoBath (ocdonuma-
3y C, xoTtopas THAPOJHU3YET
($hoCcPONHO3UTUIBI, U UHTHOU-
poBaTh aacHHJIATIHKIA3Yy, a
Takke akTHBUpoBaTh K'-Ka- flociaraa
nan. K stomy kiaccy penen- g
TOPOB OTHOCATCS W aapeHep-

THYECKHE PEIeNnTopsl, a Tak-
’K€ OTIMaTHBIE PElEeNnTOophl KO-
pbI IOJyLIapHuil MO3ra.

OTBeT 3TUX PEIenTopoB pac-
TSAHYT BO BpeMeHH. D(PQEeKThI
MYCKapHHOBBIX XOJIMHOpELENn- [(-R — Oera-aapeHeprudyeckuii pemenTop,
TOPOB pa3BUBAIOTCS CIycTA 1-2 M,;-R —  XOJMHEpPrudecKuid peuenTop
MHUH IIOCJI€ B3aUMOJCHCTBUA ¢ MYCKapHMHOBOTO THIIA.
pelenTopoM U racsrcd 3a Je-
cATKd MuH. CTONb pa3uTenbHOe
OTIIMYME B CKOPOCTSAX MPOBEACHHS AlleTUIXOJINHOBOTO CUTHANIA MEXKILY
HUKOTHHOBBIM M MYCKapWHOBBIM PELETITOPaMU OOBSICHACTCS, TPEKIC
BCET0, pa3HOM KMHETHKOM CBA3BIBAHMS JIMTAHAA C COOTBETCTBYIOIIUMH
perienTtopaMu (AMCCONMAINS AllETIIIXOIMHA OT MYCKapHHOBOTO Perler-
TOpa MPOUCXOAUT BEChMa MEJIEHHO), CII0KHBIM KacKaJIoM MPOBEACHUS
CHTHAJIA B CIIy4ae MYCKapHHOBOH DETYIISITOPHOM CHCTEMBI (HEOOXOOUMO

Puc. 77. Cucrema nmpoBeeHus CUTHANIA
IyTeM 00pa30BaHuUs BTOPUYHBIX
MOCPETHUKOB U ITOCIIETYFOIIEH
XUMHYECKOH MOAN(HKAIINN OEIKOB
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HOCJIeIOBATEIbHOE B3aMMOJICHCTBUE PELENTOpa ¢ COOTBETCTBYIOIIMM
G-6enkom, 3arem (-Oenka ¢ ompeaeneHHBIM (DEPMEHTOM HWIIM KaHa-
JOM), a TaKXKE CPAaBHUTEIBHO MEIUICHHO MPOTEKAOUIMMHU PEaKIHSIMHU
CHHTE3a BTOPHYHBIX MTOCPEIHUKOB, (hocoprmupoBanus u aedocopu-
JMPOBaHUS OEITKOB.

8.6. MEXAHOYYBCTBHUTE/IbHBIE HOHHBIE KAHAJTbI

OyHKIMOHUPOBAHNE MOHHBIX KaHAJIOB MOKET 3aBUCETH OT JIOKaJIb-
HOT'O PacTsDKEHHsT MeMOpaHbl M W3MEHEHUS TPaJMEHTa €€ KPUBHU3HBIL.
KaHnanbHble CTPYKTYpBI, KOTOPBIE U3MEHSIOT CBOIO AKTHBHOCThH B 3aBH-
CHUMOCTH OT HATsDKEHMS MEMOpaHbI, Ha3bIBAIOTCA MEXaHOUyBCTBUTEIIb-
HBIMH, XOTSI KpOME HHUX OIIMCAaHbl KaHajbl, YBEIUYMBAIOILIUE AKTHB-
HOCTb ¥ TIPH 0OPAaTHOM M3MEHEHHH HaTskeHus. Brepssie Ca® -npoBo-
JSIIIMEe MEXaHOUyBCTBUTEIIbHBIC KaHaIbl OBUTM TTOKa3aHbl HA SHIOTEIH-
QIBHBIX KJIETKaX >KUBOTHBIX, IJI€ OHH BBINOJHSIOT POJIb CEHCOPa KPOBSI-
HOTO JaBieHus. KaHanbl ¢ aHAIOTHYHBIME CBOWCTBaMH OBLTH OOHapy-
JKEHbI B OaKTepusX, TprOax M BBICIIMX PACTEHHSIX.

OyHKIMOHUPOBAHNE MEXaHOUYBCTBUTEIBHBIX KaHAJIOB MPOUCXOIUT
B TECHOM B3aUMOJAEHCTBHUHU C LUTOCKENETOM. UyBCTBUTEIBHOCTH 3TUX
KaHaJOB K HATSHKEHHMIO BO3PACTAeT, €CIIM CHJIa, PUIIOKEHHas K 00JIb-
LIOMY Y4acTKy MeMOpaHbl, KOHIICHTPUPYETCSl Ha KaHaje MOCPEACTBOM
3JIEMEHTOB IIUTOCKeneTa. CBsA3b OCYILECTBIsIETCS] HAOOpOM OENIKOB, U3-
BECTHBIX KaK aHKUpuisl (CM. BBIIIE).

Beigensitor Ba THNa KaHAIOB, YyBCTBUTENBHBIX K HATSHKEHHIO MEM-
Opanbl: SA-kanansl (stretch-activated), akTUBHpYIOIIHECs IPHU pacTshKe-
HuM MeMOpanbl U Sl-kaHans! (stretch-inactivated), koTopbie mpu pacts-
JKCHUH MeMOpaHbl HHAKTUBHUPYIOTCS. B 3aBHCUMOCTH OT 00beKTa U THIA
KJIETKH BCTPEYAIOTCSI MEXaHOUYBCTBUTENIBHBIE KaHANbI, CEIEKTHBHBIC K
K', CI', a Tarxe Ca* n JpYTUM JBYXBAJICHTHBIM KaTUOHaM, IPOHMIIAC-
MBI€ JUIS OIHO- M JIBYXBaICHTHBIX KATHOHOB, W HECENICKTUBHBIC (M
caboceneKTUBHbIC) /sl aHHOHOB M KaTnoHoB. Hanbonee gacto B Kaue-
CTBE MHIMONTOpa MEXaHOUYBCTBUTEIBHBIX KAaHAJIOB HCIIONIB3YIOT Iago-
munnit (Gd*"), xoTopslit 06paTHMO GIIOKHpPYeT PabOTy KAaHATOB B HU3KHX
koHUeHTpauusx (10 MkM), efcTBYS ¢ Hapy)KHOH CTOPOHBI MEMOPAHHBI.

214



B otnnume oT penentop- ¥ NOTEHIMANI-3aBUCUMBIX MOHHBIX Ka-
HaJIOB, MEXaHOUYBCTBHUTEIIbHBIC KaHAJIBI UMEIOT TOpPa3 0 MEHBIIYIO
MJIOTHOCTh pacupejaesieHus B MeMOpaHax (OHa COCTaBIsE€T B CpPEl-
ueMm 1/mMxm%). Tem He MeHee, Ipu MeMOPaHHOM moTeHIHae -60 MB
KaJbIIUEBBIM TOK uepe3 SA-KaHal MOXKET JOCTUraTh BEIUYHH
0,1 HA. Haubonee BaxkHOE 3HAYEHHE MEXaHOUYYBCTBUTEIbHBIC HOH-
Hble KaHaJ bl UIMEIOT B POCTOBBIX JBIKCHUSAX PA3IMYHOTO THIA U B
peryisiuu paboThl YCTBUYHOTO ammnapara. MexaHu4ecKoe B3auMo-
NIEUCTBUE KJIETOK B XOJC WX Pa3BUTHI NPUBOJUT K HATSIKCHUIO
(MM caBWUTaM) KIETOYHBIX MeMOpaH, aKTHBAIlMd MEXaHOYyBCTBU-
TEJIbHBIX KaHAJOB M MOSIBJICHHIO BEKTOPHBIX MOHHBIX MOTOKOB, KO-
TOpBIC yKE HEMOCPEACTBEHHO OCYIISCTBISIIOT PETYJSAIHMIO MPOIec-
coB pocTa 1 Au(PHepeHIUPOBKH.

Y MIIEKOTTUTAOIKX (B TOM YHCIIE, y YeloBeKa) (yHKIIMOHUPOBAHHUE
MEXaHOPEIENTOPOB BBICTHIIKH CIU3UCTON JKENyJKa OO0CCIeYHBAIOT
OIlyIIEHUE CHITOCTH. [Ipy TeHeTHYeCKOM HapyIIEHHH 3THX KaHaJlOB
BO3HUKAIOT 3a00JI€BaHUSA, IPUBOASIINE K OyINMUH.

8.7. PEIIEIITOPBI, OTBEYAIOILHUE 34 IIEPEHOC
MAKPOMOJIEKYJI B KIIETKY

Nudopmanus MoxkeT nepefaBaThcs B KIETKY HE TOIBKO C MOMO-
IIHI0 MOHHBIX KaHAJIOB WM LEMH Peakiui, perynmupyemex G-6enka-
mu. Ha MMOBE€PXHOCTHU HEKOTOPBIX KJIIETOK MMEIOTCA pCUECITOPHI, CIIO-
coOHBIE paclo3HaBaTb MaKPOMOJIEKYJIbl M «OPTaHU30BHIBATE) UX TIe-
peHoc Yepe3 MeMOpaHy BHYTPb KieTKH. K TakuMm KiIeTKaM OTHOCST-
¢ Makpodaru, OCyIIECTBIISIIONIAE OJWH W3 TMEPBBHIX aKTOB aKTHBA-
LMY UMMYHHOU CHUCTEMBI. B 3TOM cilydae y4acTOK IJIa3MaTHYECKOMN
MeMOpaHbl OOBOJIAKMBAET 3aXBaThIBAEMBI MaTepwall, KOTOPBIA B
WTOTE TIOMAaaeT BHYTPh KIETKH. B mporecce 3TOTO akTa OH 3aKII0-
JaeTcsl B MEMOPaHHBIN My3bIPEK-BE3UKYITY, CTEHKH KOTOPOH 00pa3y-
I0TCS M3 yYacTKOB IUIa3MaTHYeCKOH MeMOpaHbl. DTOT Impouecc Ha-
3BIBACTCS IHOOYUMOZOM.

CymecTByloT Tpu BHaa dHAONHWTO3a: 1) hacoyumos — 3axmar
KJIETKOM OONBIIMX CTPYKTYPHBIX KOMIIOHEHTOB, BIUIOTH 1O IIEJIBIX
KJIETOK, HalpuMep KJIETOK OaKTepuil OIHOKIETOUYHBIMH OpPTaHM3MaMu
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u Makpodaramu; 2) nuHoyumo3s — HecennupuIecKnii 3aXBaT KiIeTKa-
MU BHEKJIETOUHOH YKHIKOCTH U €€ COIEPKUMOT0; 3) ciennuduueckuit
3aXBaT MOJIEKYJ, ONOCPEAOBAHHBIM CHEIUATBHBIMU pPELENTOPAMHU
(puc. 78).

B 3TOM paznene Mbl pacCMOTPUM TOJIBKO CIICIIU(UUIECKUN 3HJIOLUTO3,
BrepBble 3HIOIMTO3, OOYCIOBIEHHBIH CHEU(PUICCKUMH PELETTOPAMH,
ObU1 OOHapyEH B CEpeANHE MPOLUIOro BeKa NPH W3YUYEHUH 3axXBaTa siiiie-
KJIETKaMH OeJIKOB, KOTOPbIE UCIIONB3YIOTCS AL TUTaHus 3aposima. [1o3z-
Hee OBbUIO BBISICHEHO, YTO HEKOTOpBIE OEJIKWM CHHTE3UPYIOTCS B TIEYEHH, OT-
TyJa IEPEHOCATCS PYCIIOM KPOBH K SIMYHUKAM, TaM CBSI3BIBAIOTCS CO CIIELH-
(IYEeCKIMH peLienTopaMy IIa3MaTHIeCKOH MeMOpaHBl ooyuma, a 3aTeM
MPOMCXOANT «BILSTYMBAHHUE TIIA3MATHYECKOW MEMOpaHbI, TIOCIE Yero pe-
LEenTop ¢ OeJIKOM MOMafaeT BHYTPb KICTKH.

THIOEL MO Fudouwmos

Pacoyymes

Puc. 78. Cxematndeckoe n300pakeHre MEeMOpPaHHOTO TPAHCIIOpTa Me-
KTy BHYTPHKJIETOYHBIMU BaKyOJISIMH U TJIa3MaTH4ecKoi MeMOpaHoi

OP - »sHpomnmasmatnyeckui petukynyMm, CIT — cekpeTopHas rpaHyIna,
CB — cekperopHas Be3nkyna, JI — mm3ocoma, D1 — nepudeprndeckast s3H10CO-
Ma, D2 — mnepuHykieapHas 3HIocoma, OB — oxallMIeHHas Be3HKyIa,

O — okaiimiienHas simka, PB — permuxunpyromasicst Besukynia, @JI — daromm-
3ocoma, @ — ¢arocoma, I" — ammapat ["ombmxm.
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Y MIIEKOMUTAIONINX 10 MEXaHU3MY OIIOCPEIOBAHHOTO Crerudude-
CKHMH PEIEnTOpaMu SHIOIUTO3a MEePEAa0TCs CTPYKTYPHBIE HOCUTENN
MMMYHUTETA OT MaTEPUHCKOTO OpraHu3Ma K IJI0Ay. AHTUTENA U3 KPo-
BOTOKAa MaTEPUHCKOTO OpraHMU3Ma CBS3BIBAIOTCS C KJIETKaMH TUIOAA, OK-
PYKAIOIUMH KENTOYHBIA MeloK. Ha MOBEPXHOCTH 3THUX KJIETOK MMe-
IOTCSl PEIENTOPHI, CeM(PUUECKH CBA3BIBAIOLINECS C UMMYHOTIIO0YTH-
HaMU U IEPEHOCAIINE UX B KPOBOTOK ILJIOA.

KiteTkn *MMYHHOW CHCTEMBI TakKe (PYHKITMOHHPYIOT C MTOMOIIBIO
sHI0IMTO3a. Makpodaru 3axBaThIBAlOT AHTUI'CH, BHYTPH KICTKU OH
MIpeTepreBaeT npoyeccuHe — paclieTyieHne TUAPOIUTHIECKUMHU (ep-
MEHTaMH C BBIWICHEHHEM CPaBHUTEIBHO HEOOIBIIMX (pParMeHTOB, HE-
CyIIMX OTACNIbHBIE AHTUTCHHBIC JAETCPMUHAHTHL. 3aKIIOUUTEIHHBIN
3Tal 3TOro Ipollecca — sKkcnpeccus HpParMeHTOB aHTUTeHA HA MOBEPX-
HOCTh Makpodara, TJie OHH OKa3bIBaIOTCS B KOMILIEKCE C COOCTBEHHBI-
MU aHTHTe€HaMu ructocoBMectTuMocTH Il kimacca (KoTopble MOXKHO pac-
CMaTpUBaTh KaK CBOETO poja perentopsl). Jlanee 3amyckaeTcs Crienu-
¢udeckas 1enb IMMYHOJOTHYECKHAX peakiiii, B KOTOPOH yYacCTBYIOT
TAMGOITUTEI Pa3TUIHBIX THUIIOB.

B ocHOBe mHHOLIMTO3a U OMOCPETOBAHHOTO PEIEITOPAMH TOTJIOIIE-
HUSl PACTBOPEHHBIX BEIIECTB JIGKHUT 0Opa30BaHHE OKAWMIIEHHBIX SIMOK
Y OKaMIICHHBIX BE3WKYJ. TepMUH «OKaWMIJICHHBIE SIMKI» OTHOCHUTCS K
MOP(}OJIOTUU 3TUX CTPYKTYP, BBIABISEMON C MOMOIIBIO 3JIEKTPOHHOM
MUKpOCKONUH. OTINYUTETHHONR MX OCOOCHHOCTHIO SIBIIICTCS HATHYHUE
pEeIIeTIaTol CTPYKTYPhI U3 MOJIEKYH OeJKa KJIaTpuHa, KOTOPBIA CBSI3BI-
BaeTCs C YIIIyOJNICHUSIMH Ha MTOBEPXHOCTH IUTa3MaTHIECKOW MEeMOpaHbI
Y BE3UKYJIAMHU, 00pa3yIONIMMHUCS U3 TAKUX SIMOK.

Ha momto okalMIIEHHBIX SMOK OOBIYHO mpuxomutcs 1-2% oOmieit
TJIOMAN TTOBEPXHOCTH TUIA3MATHIECKOW MEMOpaHbI, U OOJIBIIMHCTBO
0EJIKOB IIa3MaTHYECKONH MeMOpaHbl He OOHAPYKUBAIOTCS HAa 9TUX yda-
ctkax. OJHAKO OMpe/eeHHbIE OeNKH KOHIEHTPUPYIOTCS B 00JIACTH
(hopMHUpOBAHUS OKAWMIICHHBIX SIMOK (BO3MOJKHO, C TOMOIIBIO CITEIH-
aJTbHBIX MEXAaHU3MOB), U KOHIICHTPAIUS HEKOTOPHIX OCIKOB B 3THUX SIM-
KaX OY€Hb BBICOKA.

Kak mokazaHo B MOZENBHBIX DKCIIEPUMEHTAX i1 Vitro, mociie 00pazo-
BaHMS DHIOIMTO3HBIX BE3WKYJ 000JI0YKa M3 KJIaTpUHA yHaIseTCs CIie-
nugpuueckum 6enkoM B xone ATD-3aBucumoit peakuuu. Besukyel 6e3
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KJIaTpWHA CTAHOBATCS YAaCTBIO CIIOKHOW CHCTEMBI TPyOOUYEK M BE3HKYJI,
Ha3bIBAEMBIX MEPUPEPUUESCKUMH DHAOCOMAMHU; OHHU JIOKAIN30BAHBI
BOJIM3M MIa3MaTudeckolt MeMOpaHbl. KOHEUHBIH MyHKT SHIOLUTO3HOTO
MTyTH HAXOIUTCSI BO BTOPUYHBIX JIM30COMaX, I/Ie TIPOUCXOIUT Jerpajia-
IIUS OTAENBHBIX PACTBOPEHHBIX BellecTB (Takux, kak JIHIT).

B 1abn. 12 mepeuncieHbl HEKOTOPbIE PELENTOPHI IIa3MaTHYeCKOM
MeMOpaHBbl, y4acTBYIOIIUE B MOTJIOMCHUN CHENU(PUUECKUX JTUTaHIO0B C
MOMOIIBIO OKAaMIIEHHBIX SMOK M BE3WKYJ. B HEKOTOpBIX Cirydasx
CPOACTBO pelenTopa K OKalMJIEHHBIM SMKaM IOCTOSIHHO, B JPYTHX
ClIydasiX PeLenTOphl KOHLEHTPUPYIOTCS B 3THX CTPYKTYpax TOJIBKO MPH
CBSI3BIBAHUH JIMTAaH[A (HAIIpUIMep, perenTop ¢akropa pocTa dMUIepMH-
ca). [Ipumepuo 70% peuentopoB JIHII ckoHIIEHTpUPOBAHO B KIIATPH-
HOBBIX SIMKaX, I OHH JIETKO NOJBEpraroTcs nHTepHanu3anun. dusno-
JIOTMYECKUH CMBICT 3TOTO SIBJICHHS 3aKJIIOYAeTCs B TOM 4YTO C IIOMO-
IIbI0 OTIOCPEIOBAHHOTO PEIENTOPaMH SHAOIUTO3a MPOUCXOIUT 3aXBaT
knetkamu JIHIT u3 kpoBsiHOro pycna. OTOT MEXaHU3M HPECTABIAET
€000l OCHOBHOH IyTh «JIOCTaBKM» XOJECTEPHUHA K KJICTKaM.

Tabmuua 12. HekoTopeie penentopsl, HHTEpHATN3YEeMble
MIPY SHAOLUTO3E

I'pymms! penenTopos [Tpumeps! peenTopoB

I. Pererrrop Bo3BpaIiaeTcs K KJICTOYHOM 110- | Perentopsl MaHHO3bI, aCHAIOTIIMKOIIPOTEH-
BEPXHOCTH, JINTAH]T TOCTYMACT B JIM30COMBI | Ha (TalIaKTo3bl), MaHHO30-0-(ocdara, y-
makporio0ynuna, JIHIT

II. PenieniTop v uranz nocTynaroT B JIM30- Peuenropst ®PD, nHCYTMHOBBII
COMBI

[II. Tpancuuro3 IgA/IgM-penenrop, [gG-peuentop
IV. Peuentop u iurani BO3BpaIlaroTcst K TpauchepprHOBBIIT perenTop

OJIHOMY H TOMY K€ JIOMEHy IlIa3MaTHde-
CKOli MeMOpaHsl

Peneniropsr JIHIT Oplmit OTKPBITEI Ha MeMOpaHax ¢GpuOpoOIacToB B
koHIle XX B. Oka3zanoch, 4To oHU crnenudpudecku cBsbiator JIHII 3a
CYeT «y3HaBaHUA» amno-nporenHa 5-100 win anonporenna E. IIpu arom
Cenu(pUIHOCTh Y3HABAHUS TaK BEJIHKA, YTO CBA3BIBAHHE MPOWCXOIUT
naxe npu koHueHtpauuun JIHIT 10°M. CBOOOHBIN XONECTEPUH, TOKH-
Jlasi JIM30COMBI, Y4acTBYeT B ()OPMHUPOBAHUHM MEMOpaH, a B CIICIUANIH-
3MPOBAHHBIX KJIETKAaX HAAIOYEYHHKOB M SMYHUKOB BKIIOYAETCS B CHH-
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T€3 CTepouAHbIX TopMOHOB. Penenrops! JIHII nmpucyTcTBYIOT npakTh-
YeCKd BO BCEX TKaHsIX, HauOOJbIlas MX TUIOTHOCTH HaOmrogaercs B
KJIETKaX ME€YEHH, HAATIOYEYHUKOB U SMYHUKOB — OpraHax, UCIBITHIBAIO-
[IUX HaHOOJBIIYIO TOTPEOHOCTh B XOJIECTEPHHE.

JIHII-penentop 4esnoBeka — 3T0 TUIWYHBIA penentop rpynmnst I, ko-
TOPBIA BO3BpalIaeTcs K IUIa3MaTHYECKOH MeMOpaHe, B TO BpeMsl Kak
ero nuranj, ceiBopotounsiit JIHII, monagaer B nu3zocomy. Ilo maHHBIM
00 aMHHOKHCJIOTHOW TOCJIEI0BATEIHHOCTH PEIENTOpa OH COCTOUT W3
TISATH IOMEHOB. BrIpaskeHHast TOMOJIOTHS ¢ JpyTMMU MEMOpaHHBIMU pe-
LENTOPaMH OTCYTCTBYET. Penentop MMeeT eIMHCTBEHHBINM TpaHCMEM-
OpaHHBIN JOMEH W HEMIPOTSHKEHHBIN MUTOIIIa3MaTHIeckuii C-KOHIIEBOH
noMmeH. [lokazaHo, YTO y JIMIl ¢ TAKMUM T€HETHUECKHM 3a00JIeBaHHEM,
Kak ceMmeliHas rumepxonectepoiemMusi, Gpyukuus JIHII-peuentopos cy-
IIECTBEHHO OcialeHa.
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HOCJIECJOBHE

3aBepias 3Ty KHUTY, MBI BIIOJIHE OTaeM ce0e OTYeT, KaK MaJlo Cy-
MENIM paccka3arb O Mpo0JieMax, COCTABIAIOLIMX CYTh COBPEMEHHOM
OmoMeMOpaHOJIIOTHH — HAYKU O 3aKOHAX OpraHu3amu#, (PyHKIHOHUPO-
BaHUS U YCTOHYHMBOTO BOCIIPOM3BEAEHHS KIETOUHBIX MeMOpaH. Mel
CO3HATENIbHO CTPEMUIINCH K KPATKOCTH M3JIOKEHHUS, YTOOBI HE 3arpOMO-
KIaTh KHATY M30BITOYHBIM (pakTHyeckum Mmatepuanom. OmHOBpeMeH-
HO MBI CTapajtcCh MPOJEMOHCTPUPOBATh AMHAMUYECKUN XapaKTep 3Toi
HOBOH HayKH, MOJYEPKHYTh HAJIW4YHE B HEH TOUEK pocTa U Oe3ycCioB-
HBIX [IEPCIEKTHUB.

Bpsig nmu HaM yaanoch IpU 3TOM CJIEI0BaTh CTPOroi CUCTEMATUKE B
W3JI0)KEHUH MaTepuaia — B 3TOH 00J1acTH KIETOYHOH OMOJIOTHH HE TaK
MHOT'O HallMCaHO y4e€OHUKOB, HA OMBIT KOTOPBIX MOXHO ObUIO OBl OIH-
patbcsi. [loHMMas, 4TO TOCTABIICHHbIE HAMH MPHU HAIHCAHHU 3TOTO
y4eOHMKa 3a7a4d YacTUYHO MPOTHBOpPEYAT APYT IPYTY, MBI PELIIH
OTIaTh IPEANOYTECHUE IVIABHOMY — IIPHBJIE€Yb BHUMAHHE UYUTATENs K
BaXHOCTH 3HAHWH B MOJIEKYJISIPHOM OMOJIOTHH KJIETOYHBIX MeMOpaH —
B COBPEMEHHOW OMOJIOTHH 3Ta JUCLUUILIMHA 00ecreyrBaeT 3ajor ycre-
Xa B HaXOXKICHUHU IMEPCHEKTHBHBIX MPOOJEM M YCIEIIHOTO MX pelle-
HUSL.

[lerpozaBoack, 2005 .
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BJIATOLJAPHOCTH

HeB3upas Ha ckyaocTb y4eOHOH JHMTepaTyphl B pacCMaTpUBaeMOil
o0mnacTy, 3Ta KHUra BO3HUKJIA HE Ha ImycToM MecTte. Hac ouens nonaep-
xamu Huna Huxomaesna HEMOBA, Urops [lerpouu AILIMAPHH,
Brnagumup Anexcangposuu 'OJIMYEHKOB, 3unanga AnexcanapoB-
Ha CYCJIMHA u Cepreii Anekcanaposuu YEITYPHOB, ubu apyxe-
CKHE UCKYCCHU M CTHMYJUPYIOIIAsi KPUTHKA TIOMOTal U30ekarh 13-
JUIITHAX MOBTOPEHUH, OMTMOOYHBIX (POPMYITUPOBOK, YPE3MEPHOIO Iie-
JaHTU3Ma B U3NOoKeHuU. U ecau untaTens Bce ke HaAET B 3TOM H37a-
HHUM HEJAOCTATKH — OHU LIEJIMKOM OCTaloTCs Ha Haulel coBecTd. Mbl Oy-
JeM OiarogapHsl 3a JI00YI0 KPUTHKY, KOTOPYIO UCTIONIB3YeM JUTS allb-
HEHIIEero COBEPLUICHCTBOBAHHS KHUTH.

Mp! 6narogapHbl HalllMM KOJIJIETaM 332 OpUTHMHAJIbHBIE ITyONHKaIuu
B Hay4YHOH MEPUOJIMKE, MMO3BOJMBIINE 0XXUBUTh Pa3HOOOPa3HBIMH HII-
JIOCTPALUSMH M3JI0KEHUE DTOTO MaTepHaja, U HaJeeMcs, UTO OHU He
MOCTaBSIT HaM B YKOP HEBO3MOXKHOCTH COCJIAThCSI HA BCE MEPBOMCTOY-
HUKH.

Ho 6ozpiie Bcero Mbl Ipu3HATENBbHBI HAIIMM CTYJCHTaM - CITyIIare-
JSIM 3TOTO Kypca, yOenUBIIMM HAac CBOMM HHTEPECOM B HEOOXOIUMO-
CTH HalKCaHUS HACTOALIETO IOCOOHS.

Aemopui

221



CIIMCOK PEKOMEHJIYEMOM JIUTEPATYPBI

Anucumog B.H. MonexynsipHsie 1 (pU3MOIOTHUECKIE MEXaHU3MBI CTa-
penms. CII6. 2003.

Bbuonornyeckue mem6pansl. U3a. MII-MKBA, 1992.

Bbuoxumus mosra (Ilog pen. W.I1. Ammapuna), 1999. I'n. 11

bonovipes A.A. KapHO3uH: OHoNOrHYecKas pojib H BO3MOXKHOCTH TIPH-
MeHeHus B meaunnae. M. 1998.

Beenenne B OuomemoOpanonoruro. (ITox pen. A.A. Bonneipesa)
M. 1990.

T'ennuc P. buomemOpaHbI, MOJICKYJISIpHAas CTPYKTypa W (YHKITUH.
M. 1999.

3enxoe H.K., Jlankun B.3., Menvwurxosa E.b. OKUCTUTENbHBIN CTpecC.
buoxumudeckuit 1 marodusnogorndeckuii acrektel. M. 2000.

Hexos B.I'., bepecmosckuii I H. Jlnunamuueckas CTpyKTypa JUIHIHOTO
oucnos. M. 1981

Uskoe B.I'., bepecmosckuii I.H. JlumuaHplii OUCIION OMOJOTHISCKUX
MeMmOpaH. M. 1982.

Kones C.B. CTpyKTypHas TaOHIBHOCTh OMOJIOTHUECKIX MEMOpaH | pe-
TYJISITOpHBIE TIpoiiecchl. MuHCK. 1987,

Heitpoxumus (ITox pen. U.I1. Ammapuna) M. 2001.

Ianvyes M. A. (pen.) BBenenue B MonekymspHyto menuiuny. M. 2004.

Trkauyx B.A. OcHOBBI MOJEKYISpHOHN sHAOKpuHOIOoruu. M. 1989.

Ckynaues B.Il1. buosnepretnka. MeMOpaHHBIE MpeoOpa3oBaTeIN dHEP-
run. M. 1989.

CopocoBckuii 00pa3zoBatenbHbIi xypHan <http:/journal.issep.ru>.

Hlana6ooos A.J]., I'vcesa H.B. OCHOBBI MEMOpPaHHOTO TpaHCIOPTA.
Tromens. 2001.

Chapman D. Phase transition and fluidity characteristics of lipids and
cell membranes. Quart. Rev. Biophys. 1975, 8, 185-234.

Helenius A., Simens K. Solubilization of membranes by detergents.
Biochem. Biophys. Acta, 1975, 415, 29-79.

Nature: Neurological disorders, 1999, 399 (Suppl.) #6738.

222



OI'JTABJIEHUE

KUUTATEIMIO .ovvieiie e,
(0917 (70): Qo024 0 X011 (351712 (R
1. DBoJIOLMS NPEeACTABJIEHUI 0 CTPOEHUH MeMOPaH .........
2. Kierounble MeMOpaHHBIE CTPYKTYPBI ....o.vonveneennennnnn...
3. buoJsioruyeckue GyHKIHM MEMOPAH ............couvenveennnnn.
4. CocTaB OMOJOTUYECKUX MEMOPAH ...........eovvvenniannannnnn,
4.1. MeMOPAHHBIC JIATTHATIBL .. .uveeeeneenneenneenneenneannennenns
4.1.1. ®ochonmunuabl, TITUKOIUAAILI, CTEPOUTHI ............
4.1.2. Ponp xonecTeprHa B OMOJIOTHIECKUX MEMOpaHax ....
4.1.3. J)KupHbie KUCTIOTHI ¥ UX MIPOCTPAHCTBEHHAS KOHPH-
04 07: 11055 (N
4.2. [TpuHIUIBEI OpraHU3alUN JTUITHIHOTO OUCIIOA .............
4.2.1. dochonunuapl Kak CTpyKTYpHAsi OCHOBA OUCIIOA .. ..
4.2.2. TpancMeMOpaHHasi aCHMMETPHS JIUMHUIIOB .............
4.2.3. Paznuunble BUABI MOABUKHOCTH KOMIIOHEHTOB JIH-
TTHTHOTO OMCITON .veneeneineeeeeeeee e
4.2.4. lepexrrbie 30Hb1. Ponb XonecTepuHa ..................
4.2.5. MAKPOBSI3KOCTb MEMOPAH .....eevvrenrenrannnannennnn,
4.2.6. dazoBbIe TIEPEeX0a6I MEMOPAHHBIX JTUIHIOB ..........
4.2.7. buonornueckue GyHKIUN MEMOPAHHBIX JTUIHIOB ...
4.3. YTHEBOABI MEMOPAH . ...vutneetineetineateneieneaeeieeanenes
4.4. MemOpaHHBIE OCTTKA — OCOOCHHOCTH CTPOCHHS ...........
4.4.1. Jlokanu3anus ¥ OJBH)KHOCTH OEJIKOB B OHCIIOE . ....
4.4.2. BenOK-TUNUAHBIC B3AUMOJICHCTBUS .. vvveneeneennnnn.
4.4.3. OyHKIAN MEMOPAHHBIX OCITKOB . ....eeueeneanenennen..
4.5. [IuTOCKENeT U TIIMKOKAIUKC MEMOPAH ...........eevveenn..
5. CoBpeMeHHbIE MOAX0bI K HCCJIE0BAHUIO KJIETOYHBIX
Y (2.7 (1] 1121 S PP
5.1. Beimenenne u xapakTepUCTHKa MEMOpPaHHBIX (hPaKIUH ..
5.2. MeTop! ucClieoBaHUSI MEMOPAHHBIX CTPYKTYP ..........
5.2.1. Indpakunst peHTTCHOBCKHUX JTYUEH .....vuvenenvenenn...
5.2.2. DNEKTPOHHASI MUKPOCKOIIHS ..vvveereeennneennneennnns
5.3. MeTtoas! u3ydeHUs TMHAMHIECKOTO MTOBEACHIS MEM-
OpaHHBIX CHCTEM U JIMMHI-OCTKOBBIX B3aUMOJACHCTBHIA .

25

29
35
35
42

43
45
49
49
54
56
57
60
66
67
69

74
78
78
79

82

223



5.3.1. MUKpOBSI3KOCTh MEMOpaH ¥ MPUMEHUMOCTb MEM-

(70F:0: 03 130 QcT0) 51 (0) : PN 84
5.3.2. DOnekTpoHHbIH napamMarHuTHBIN pezonadc (OI1IP) ... 87
5.3.3. Henonspu3aiius QIyOPECTICHITHH ......vvevreenrnnns... 90
5.3.4. SInepHo-MarHuTHBIN pe3oHanc (SIMP) ................. 92
5.3.5. MeToJ1 KpYTOBOTO JUXPOU3MA ..cvveneeneennennennennnnn 96
5.3.6. MeToz CKaHUPYIOIIEH KATOPUMETPUH ................. 97
5.3.7. ®nyopeceHTHAS CIIEKTPOCKOTIHIS . ..uvvvnrennrnnnssn. 99
6. TpaHcnopT BelIeCTB Yepe3 MEMOPAHY ...........c.evvvennnnn.. 103
6.1. XapakTepucTuka TpaHCIIOPTHBIX MPOLIECCOB ............... 103
(OO I o ;1= (011 (0] o =10 )1 1 120
6.3. VIOHHBIN TOMEOCTA3 KIETKH ...eouenneeneanennennennennennensn 120
6.4. MonekynspHble OCHOBBI IEPBUYHO—AKTHBHOTO TPAHC-

1000 K107 (0) £ () : SN 128
6.4.1. Na/K-ATDa38 ..o 130
6.4.2. H-ATDa32 ..o 138
6.4.3. Ca-ATDa3BBI ...eueiniiiiiii e, 140

7. AkTuBHBIE GOPMBI KMCJIOPOJAA U COCTOSIHUE OKUCTUTEIb-
HOTO CTPECCA . ..nutttenttenteente et eteenteaneeaneenneenneaneenas 144
7.1. Cucremsl renepanuu 1 yrunuzanuu AOK u npoaykTos
TIOJL o 144
7.2. Yaactue AOK B neiikoruTapHOM B3pHIBE U CHHTE3E
TIPOCTATTIAHIIHOB ...t uutenttenteeneeententeeneeeeneenneans 154
7.3. AOK u nponykrtsl [1OJ] kak curHanbHbIE MOJIEKYJIBI .... 158
7.4. Hapymenns MmeMOpaHHBIX CTPYKTYp, CBSI3aHHBIE C I10-
BhbIIeHHeM KoHueHTpauu AOK ......................... 161
8. Ilepenaya (TpaHcayknus) MHpOpMALHMHU Yepe3 KJIeTo4-
1107 LY T2 (1] 121 ¢ 171
8.1. THUIIBI PELIETITOPOB ....vvvnteenttenteeneeaneeaneeneanneaneennnns 173
8.1.1. G-0enKH 1 BTOPUUHBIE MECCEHIKEPHI «....uvennnen.n. 178
8.1.2. Posb MeMOpaHHBIX (GOCHOMHOZUTHIIOB B TIEpenade
170 3 21 ¢ E P 184
8.1.3. MeTabomu3m (HhoCPOUHOUTHIOB U PETYISAIHS IPO-
HUIIAEMOCTH MeMOpaH /I HOHOB Ca* ... 189
8.1.4. [Ipyruie TUITBI BTOPUYHBIX TIOCPETHHUKOB ............... 191

224



8.2. Ilepenaga ropMOHAIFHOTO CUTHAJIA Yepe3 MeMOpa-

2 ) 192
8.3. [lepenada curnana B GoTOPEENTOPHBIX KIETKAX CET-
L 21 ¥ Z 197
8.4. buoxuMuveckre MeXaHU3Mbl OOOHSHUS U yCHIICHHUSI
MEPBUYHBIX 3ATIAXOBBIX CUTHAMOB .....venreenneeneennnnnnn. 205
8.5. PerienTOpBI BO3OYAMMBIX TKAHEH .....ovvvvvieniieniinnnne, 208
8.6. MexaHOUyBCTBUTEIHHBIC HOHHBIC KAHATIHI ................. 214
8.7. PerreniTopsl, OTBEYaIOIIHe 3a IEPEHOC MAKPOMOJIEKYT B
1) (10 215
B a1 (1001 (0] 3 (S, 220
5% 72 W01 F:10) & (0T or 1 2 A 221
CHHCOK PEKOMEHIYEMOM JIUTEPATYPBI . e .evuenennenenennennennen 222

225



Aunekcanzip AnekcanapoBud bonasipeB
Enena MBanoBHa KsaiiBspsiliHeH
Buktop Anekcanaposuy Uimoxa

BUOMEMBPAHOJIOI'USA

VYuyebHoe mocodue

Ieuamaemcsa no pewenuio Yuenvix Cogemos
MBI MTI'Y um. M.B. Jlomonocosa,
Hnemumyma 6uonoeuu
Kapenvcxoeo Hayunoeo Llenmpa PAH,
HUncmumyma nesponocuu PAMH

W3a. . Ne00041 ot 30.08.99. IToanucano B neyats 17.01.06.
dopmat 60x84 /1. Bymara odcerras. [apautypa «Times». [Tedars odcerHas.
Vu.—u3a. 1. 14,0. Yeu. neu. n1. 13,1. Tupax 200 sx3. M3a. Ne 17. 3aka3 Ne 563

Kapenbckuit Hayunslil nentp PAH
185003, Ilerpo3aBoxack, np. A. Hesckoro, 50
PenakimmonHo—M31aTeIbCKUIA OTIET





