®EJIEPAJILHOE T'OCY IAPCTBEHHOE BIOXKETHOE
OBPA3OBATEJIbHOE YUPEXX/IEHUE BBICIIETO OBPA3OBAHUSI
«ABAHOBCKAS TOCYJAPCTBEHHASI MEJIMULIMHCKA ST AKAJIEMUSI»
MUWUHHUCTEPCTBA 3/IPABOOXPAHEHHNST POCCUICKOM ®EAEPALIIN

Ha npasax pyxonucu

KazakoBa Tarpana EBrenbeBHa

MOP®OPYHKIIMOHAJIBHASI XAPAKTEPUCTHKA
TPAHCIHHOPTHOI'O IIYTH JIMIINJIOB U3 NMOJIOCTH
TOHKOM KHIIIKA B COBCTBEHHYIO IIJIACTHHKY
KHIIEYHOM BOPCUHKHU
(OKCIIEPUMEHTAJIBHOE MCCJIE/IOBAHUE)

03.03.04 — KneTounasi GMOJIOTHSI, IUTOJIOTHS, TUCTOIOTHS (OMOJOTUYECKUE HAYKH )

14.03.01 — Anaromus yenoBeka (OMOTOTUIECKUE HAYKH)

Jluccepranyst Ha COMCKaHUE YYEHOM CTEIEHU

KaHauaaTa OMOJIOTHYECKUX HAyK

Hayunbie pykoBoauTenu:
JOKTOpP OMOJIOTMYECKUX HAYK, AOLICHT
CecopoBa Upuna CepreeBHa,

JOKTOpP MEIUIIMHCKUX HayK, Tpodeccop

MupoHoB AJleKCaHAP AJIEKCAHAPOBHY

HMBanoso — 2020



2

COJEPXXAHUE
BBEJIEHME.....cccuiiiiiiiiiiiiiiiiiiiiiiiiiiiiiiiieiiietiieecinecisccsnscenscennees 3
['JIABA 1. OB30OP JIUTEPATYPBI......ccccciiiiiiiiiiiiiiiiiiiiiiiiinnenns 10
1. 1. Mukpockonuyeckas aHaTOMUsI KHILIEYHON BOPCUHKH CIIM3UCTON
OOOJIOUKH TOHKOM KHIITKH . . .« eveeuteenteenteeteeenaeenae et eneeeaneeeneeenneenenns 10
1. 2. MopdodyHKIIMOHAIBHOE CTPOCHHE KaeMYaTOr0 SHTEPOIIUTA
CIIM3UCTON OOOIOUKU TOHKOM KUIIIKH . .« . veeueeeeteeneeenteneieeeneeenieennaennnen 14
1. 3. TpancnopT IUNUAOB U3 TOHKOM KUILIKH B COOCTBEHHYIO IUIACTUHKY
197010 (51e 05 00) 7 010 010371514 2 SR P 20
1. 4. MonexynsipHble MEXaHU3MbI TPAHCIIOPTA JIMIIUAO0B U3 IPOCBETA KUILIKU
B COOCTBEHHYIO TUIACTUHKY KUIICUHOM BOPCHUHKH ...'vvnereereeenneennnaannannn. 23
0 710 110 1532 1 (O 36
I'JIABA 2. MATEPUAJIBI U METObI UCCJIEJIOBAHMUA............. 37
I'JIABA 3. PE3YJIBTATBI UCCAEJOBAHMUM. ..........cccuuvennnnnnnn.. 44
3. 1. CtpoeHue »HTepOIHTa KUIIIEYHON BOPCUHKU KPBICHI TIOCTIE
24-9aCOBOTO TOMOMAHMS . « . et ueeententeate et et e et et et et et et e naeeaaenan 44
3. 2. CTpyKTypa 1 BpeMEHHbBIE XapaKTePUCTUKH TPAHCTIOPTHOTO MYTH
JUMHIOB U3 POCBETAa KUIIKU B COOCTBEHHYIO IUIACTUHKY KUIIEYHOMN
15107 01027 12 1/ 5 55
I'JIABA 4. OBCYXIEHUE PE3YJIBTATOB......ccccctiviiniiiiininnnen. 72
BAKITFOUEHHE......cccitiiiiiiiiiiiiiiieiiiiiiiietiieiiietcieccisccisscenscicnses 90
L3 03 113101 3 e 93
MNPAKTUYECKHUE PEKOMEHJAIIMMN........ccccvvtiiiiiiiiiniiniiinninnnns 94
CIIMCOK COKPAIIIEHVH M YCJIOBHBIX OFO3HAUEHMUI. ....... 95

CIHUCOK JIMTEPATYPBI....ccciiiiiiiiiiiiiiiiiiiiiiiiiiiiiiiiiiieciieecee 96



3

BBEJAEHHUE

AKTYaJIbHOCTDH MCCJIEOBAHUS

Kumieunoe mnwuieBapeHue, BCAacbIBAaHUE W CEKpElUs MHUIIEBBIX KUPOB
SBJISFOTCS. Ba)XHBIMH IIIaraMd B TOJICPKAaHUU JIUIUIAHOTO M JHEPTETUYECKOTO
romeocrasa Bcero tena [16]. B HacTosIee BpeMst XOpoIo U3BECTHO, UTO Pa3BUTHE
OKUPEHHUS U CBSI3aHHBIX C HUM 3a00JIEBaHUHN YaCTUYHO O00YCIIOBIEHO YpE3MEPHBIM
norpednenueM JmnuaoB [95]. Bo3Hukmias maHmeMus OXHPCHHS B COUYCTAHHU C
MOBBIIICHHBIM MTOTPEOJICHUEM KUPOB U MPOJIYKTOB, OOTaThIX SHEPTHUeH, MpUBEIa K
BO30OHOBJICHHIO MHTEpECA K POJIM TOHKOW KHUIIKM B KOMIUIEKCHOW PETyISIUU
romMeocrasa JunugoB. Kpome Toro, riy0okoe MOHMMAaHHE IPOLIECCOB
TpaHchOpMaIi JIUIUAOB B KHUIIEYHUKE MOXKET CIOCOOCTBOBATH MPOTpPEcCy B
JCUYEHUW JUCIUIHIEMHU U  aTePOCKICPOTHUYECKUX  CEePACUHO-COCYTUCTHIX
3a00JIeBaHUM.

VYbpTpacTpyKType TPaHCIOPTHOTO TMYyTH JIMIKAAOB Yepe3 DHTEPOLUT
KHIIIEYHON BOPCUHKH MOCBAIIEH psn padort [5, 93, 132, 197, 198, 224, 251, 288].
B nocnennue rospl, ¢ pa3BUTHEM METOI0B MOJIEKYJISIPHON U KJIETOYHOM OMOJIOTHH,
HaIITK TIPEICTABJICHUS KaK O CTPOCHUH, TaK M O MEXaHU3MaX BCACHIBAHUS JIUITHAIOB
B TOHKOHM KHUIIIKE pactmupuinck. [Ipu 3ToM B mojasisitonieM OOJIBIIMHCTBE PadoT
MOCIICIHUX JIET OCHOBHOW aKIIEHT JIeTIaeTCs Ha KIIIOYEBBIX O€JKaX, yJacTBYIOIIUX
B TIOTJIONICHWH W BHYTPUKIECTOYHOM TPAHCIOPTE OJKUPHBIX KHUCIOT |
dopmupoBannn xuinomukpoHa [199]. ViabTpacTpykTypy CEKpETOPHOTO IyTH
npexmwioMukpona usydanu Sabesin S. M. and Frase S. (1977), a taxxxe Tso P. et al.
(1986) koTOpBIE MTPOAECMOHCTPUPOBAIM BO3MOXKHOCTh BBIXOJA JIMITMIHBIX YACTHII,
npebimatomux pazmep COPII-pon3BOaHBIX BE3UKYJ, U3 SHAOIIA3MATHYECKOTO
PETHKYIIFOMa M MX TPAHCHOPT K KoMIutekey ['onbmku [224, 281]. OnHako ocTaincs
HESCHBIM PSJlT BOMPOCOB, CBSI3aHHBIX C MEXaHU3MaMH BHYTPHKJIECTOYHOTO
TpPaHCTIOPTa W TPAHCIIUTO3a B SHTEpOIUTE. MEXIy TeM WX JAeTaau3als MO3BOJIUT
YTOYHUTH, a B PAIC CIydacB MO-HOBOMY ITOCMOTPETh Ha MEXaHHU3MbI TPAHCIIOPTa

JUTUOB Yepe3 IMUTENUNA KUIIEYHOW BOPCHUHKH B €€ COOCTBEHHYIO TUIACTHHKY.
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Tax, ceroaHsi NpUHUMAETCS, YTO HU3KOMOJIEKYJISIPHbIE TUIUABI (’KUPHBIE KUCIIOTHI
Y MOHOALWITJIMLIEPHH) TPAHCIOPTUPYIOTCS Yepe3 MIETOYHYIO KAEMKY B SHTEPOLIUT
mubdy3uelt WM ¢ MOMOIIBI0 MEMOpaHHOTO  (KaBeos, BE3WKYJ) WU
MOJIeKyIsIpHOTO TiepeHocunka [159]. OmHako MOpQOIOTHYEeCcKUX 10Ka3aTeIbCTB
HHAOLMUTO3a IO HACTOSALIErO0 BPEMEHU HE MIPEICTABIICHO.

Mpl He BCTpedaJd J€TalbHOIO OINUCAaHUS KOMIUIEKCA CTPYKTYP,
dopmupyromux  O6appep MEXIy TPOCBETOM KHIIEYHHKA U  IMPOCBETOM
AuM$paTHUEeCKOro Kanmwuisipa. M3BecTHO, 4TO SHTEPOLUTHI COEAUHEHBI JIPYT C
JPYrOM C TIOMOLIBIO IUIOTHBIX, IPOMEXKYTOYHBIX, IIEJIEBBIX COCAMHEHUN U
necmocoM [5, 8], oOpa3yror manbieBUIHBIE KOHTAKTHl. OIHAKO 3aKOHOMEPHOCTH
PacoJIoKeHus U UX (PYHKIIMOHAIbHAS POJIb HE U3YYaJIUCh.

['unore3sl TpaHCHOpPTa JMOWAOB M3 HHAOIIA3MATHYECKOIO PETHUKYJIOMa
yepe3 KOMIUIEKC ['0NbIKU, KaK MPaBUJIO, CTPOATCS Ha JAHHBIX, MMOJTYYEHHBIX U3
HKCIEPUMEHTAIbHBIX HCCIEOBAaHUI TpaHCIoOpTa OENKOB, M3y4yaeMoro Ha
KylIbTypax TKaHeld. HackoibKO 3TH JaHHbIE MOMHO JKCTPaINoJMPOBATh
NPUMEHUTENBHO K TPAHCIOPTY NMPEXUIOMUKPOHOB — HesicHO. He scen mexaHusm
BBIXOJd JIMIMAOB M3 DHHTEPOLUUTA B MEXKKIETOYHOE MPOCTPAHCTBO M HX
POXOXKJEHUA dYepe3 OazanbHyr0 MemOpaHy. OcTaercsi OTKPBITBIM BOIIPOC O
MeXaHHU3Max TPaHCIOpPTa JUMHUI0B B MPOCBET JUM(ATUUECKOTO KAaIWLIsIpa U pOJIu
KJIA[laHOB B CTEHKE JUM(AaTHUECKMX KanuuIIpOB B Mpouecce o0pa3zoBaHUs
TUMQBI.

OTU U psiA APYTUX BOIMPOCOB TPEOYIOT HeTalnu3aluu U MOpQOIOTUYECKUX
000OCHOBaHUHM, YTO TO3BOJIUT TIO-HOBOMY OLEHUTH MPOLECCHI, CBA3aHHBIE C
HapyIIEHUEM BCACBIBAaHUS JUMHUAOB CIM3UCTOW OOOJIOYKON TOHKOW KHIIKH, YTO
BaXXHO ISl pa3pabOTKH HOBBIX TEPANEBTUYECKUX CTPATETUN YIIyUILIEHUS 310POBbS
cepla u HopMaju3anuu ooMeHa Bemiects [148].

Henab uccaenoBaHus — U3YYUTh YJIBTPACTPYKTYPY TPAHCHOPTHOIO IyTH
JUNUAOB M3 TOJIOCTH TOHKOM KHUIIKM B COOCTBEHHYIO IUIACTMHKY KHIICYHOMU

BOPCUHKHU U HAalTH Mop(dosornyeckoe 000CHOBaHME MEXAaHU3MOB X TPAHCIIOPTA.
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3agaum uccJIe10BaHuA

1. OxapakTepu30BaTh CTPYKTYPbl KHIIEYHON BOPCUHKH HA4aJIbHOIO OTAEINA
TOHKOW KHUIIKH KPBICHI, YYaCTBYIOIINE B TPAHCIIOPTE JIMIUIOB, MOCIE 24-4acOBOTO
TOJIOTAHMSL.

2. IlpoaHanu3upoBaTh BPEMEHHBIE XapPAKTEPUCTUKU TPAHCIIOPTA JIUIUAOB
4yepe3 SJHTEPOLUT B YCIOBUAX HU3KOW MTHUIIEBON Harpy3KH.

3. UBy4unTh CTpyKTYpy TPAaHCIOPTHOTO MyTH JTUMHI0B U3 MPOCBETA KHUILKH B
HHAOIUIA3MATUYECKUN PETUKYJITIOM.

4. W3yuuthb CTpYKTypy KoMmIuiekca [OnbIku BO BpeMsi HpPOXOXKIECHUS
XWIOMHUKpPOHA Ye€pe3 CTONKY LUCTEPH M CPAaBHUTHh IOJYYECHHBIE PE3YyIbTaThl C
WU3BECTHBIMM MOJEISIMU TPAHCIIOPTA YE€PE3 OPraHesuLy.

5. IIpoananu3upoBaTh  TPAHCHOPTHBIM  MYTh  XWUJIOMHUKPOHOB W3
MEXKJIETOUHOTO TIPOCTPAHCTBA MEXIYy DSHTEpOLUTAMU uepe3 0Oa3ajbHYIo
MeMOpaHy KHIIEYHOTO DJIUTENUS B COOCTBEHHYIO IUJIACTMHKY KHIIEYHOM
BOPCHUHKHU.

6. I[IpoaHanu3upoBaTh pPOJb MEXKKIETOYHBIX KOHTAaKTOB W ITUTOCKENeTa

OHTCPOOHUTA B TPAHCIIOPTC JIMIINAOB 4YCPC3 KUIICUYHBIN SIUTEIINH.

OcCHOBHBIE 10JI05KeHUSI, BBIHOCUMBbIC HA 3ALIUTY

1. B ycnoBusix HM3KOM MNMIIEBOW HArpy3Kd JIMIKILI MOTJIOIIAKOTCS
aNUKaJIbHOM YacThIO TUIA3MOJIEMMbI SHTEPOLIUTA O€3 FIHIOLUTO3A.

2. TpaHCHOPT NPEXWIOMUKPOHOB M3 3HOIIA3MAaTUUYECKOIO PETUKYJIIOMA B
koMiieke [onpmxu  mpoucxonutr 6e3  (opmupoBanuss COPII-npon3BogHbIX
BE3UKYJI U «MEraBE3UKYI».

3. Jlunuael TpaHCMOPTUPYIOTCS Yepe3 CTOINKY KomIuiekca [onbIxu B
teueHne 20 muHyT. KOHLIEHTpanus JWNHUAOB OT LUC- K TPAHC-TIOJIOCY CTOIKH,
dbopMupOBaHHE MEXIY CTPYKTypamMH KOMIUIeKca ['ONbKM HEmOCTOSHHBIX
TyOYJSIpPHBIX COEUHEHUN M OTCYTCTBHE JIMIIUIOB B BE3UKYJaX, 00pa3yeMbIX C
yuactueM COPI-nokpeITus, corinacyercs ¢ TPAaHCHOPTHOM MOJEBIO «CIMSHUS U

MOCJICIYIOIIETO pa3ie/ieHUs» KoMmapTMeHTOB («kiss-and-runy).
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4. XWIOMHMKPOHBl TPOXOASAT 4epe3 Mopbl 0OazanbHOW MeMOpaHsl,
00pa30BaHHbBIC MPEUMYIIECTBEHHO JEHAPUTHBIMU KIECTKAMHU.

5. lTlanpueBugHble (MHTEPAUTUTUPYIOIINE) MEKKIETOYHbIE KOHTAKTHI,
JIOKQJIbHO PAacIOJIOKEHHbIE MEX]Ty KOHTAaKTaMU 3HTEPOLIUTOB, U OKPYXKarOIIHe UX
AIIEMEHTBl  IIUTOCKEJETa, CBA3aHHBIE C JIECMOCOMaMM M aJAre3MBHBIMU
COETMHEHUSIMM, JIe)KaT B OCHOBE «HACOCHOT0» MEXaHM3Ma NepEeMEICHUS JIUIHUIO0B
yepe3 KIETKY U BbIIABIMBAHUSA XWJIOMUKPOHOB U3 30HbI NAJIBLIEBUAHBIX KOHTAKTOB

B MHTEPCTHUINH COOCTBEHHOM TUIACTHHKY KUIIIEYHON BOPCHUHKH.

Hay4ynasi HOBU3HA McCJIeI0BAHUS

1. BmepBbie st M3ydyeHUS MEXAaHW3MOB TPAHCIOPTA JMMIUAOB Oblia
UCIIOJIb30BAaHA  OKCIIEPUMEHTANIbHAS ~ MOJIE]b, HCKIIOYANOMas U30BITOYHYIO
JUTIAIHYI0 HAarpy3Ky Ha CIM3UCTYI0 OO0OJIOYKY TOHKOM KHILIKH, YTO TO3BOJISET
aJIcKBaTHO CPABHUTH MOJYYEHHBIE U UMEIOIINECS B TUTEPATYpPE IaHHbIE.

2. BriepBbie KOMIUIEKCOM 3JIEKTPOHHO-MUKPOCKOMUYECKUX METO/IOB, B TOM
YUCIIE TPEXMEPHOW DJJIEKTPOHHOW MHMKPOCKOIIMEW BBICOKOTO pa3pelieHus,
MPOBEJAEH aHalM3 YJIbTPACTPYKTYPhl TPAHCIOPTHOIO IMYyTH JUIUIOB YEpPeE3
HHTEPOIUT KHUIIIEYHOM BOPCUHKH: MOKA3aHO CTPOEHUE JMUTEIUAILHOTO Oapbepa
TOHKOM KUIIKH.

3. OpurvHaJbHBIM SIBJSICTCSI MOP(QOJIOrMYecKkoe OOOCHOBaHUE MOJETU
TPaHCIOpPTa JIMIUIOB W3 DHAOIUIA3MATUUYECKOTO PETUKYJIIOMa B KOMILIEKC
[Nombku, 3 KoMIuiekca ['oipmku K Oa3onaTepalbHOM YacTH IIa3MaTHYECKOM
MeMOpaHbl; 4epe3 0a3ajbHyl0 MEMOpaHYy ASMUTENUs B COOCTBEHHYIO IUIACTHHKY
KUIIEYHOW BOPCUHKH.

4. HoBbIM sBisieTCA I0OKAa3aTelbCTBO (C  MOMONIBIO  BJIEKTPOHHO-
MUKPOCKOTTUYECKUX METOJIOB) TOT'O, UTO Y B3POCIBIX KPBIC BO BpeMsl TPaHCIIOPTa
JUTUIOB 4Yepe3 anmuKaJIbHYI0 YacTh IIa3MaTUYeCKOW MeMOpaHbl JSHTEPOIUTA B
YCJIOBUSX, MCKIIOYAKONIUX H30BITOYHYIO JMIUIHYIO Harpy3Ky, SHJIIOLMTO3 HE

UTpaeT CYLIECTBEHHOMN POJIU.
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5. Pa3pa60TaHa HOBasgs MOJACIb «HACOCHOI'0» MECXaHH3Ma TpaHCIIOpPTa
JMIINAOB HM3 30HbBI MMAJBHOCBUAHOIO KOHTAaKTa COCCAHUX OHTCPOLUMTOB B

COOCTBEHHYIO IJTACTUHKY KHILIEYHOW BOPCHUHKH.

IIpakTHYeckasi 3HAYUMOCTH HAYYHOI'0 UCCJIEIOBAHUS

[Tomy4yeHHBIC pE3yIbTaThI:

1) HO3BOJIAIOT YTOYHHUTH, & B PsAAC CIy4acB IO-HOBOMY ITOCMOTPETH Ha
MEXaHU3MBI TpaHCHOpPMAITUH JTUTTHUI0B B KUIIIEYHUKE, YTO MOXKET CIIOCOOCTBOBATH
porpeccy B JICUCHWHM IUCIUIMICMHH, aTepOCKIEpO3a U CEPACYHO-COCYIUCTHIX
3a00JIEBaHUM;

2) MOTYT HCIIOJIb30BAThCS I CO3JaHUs DKCICPUMEHTAIBHBIX MOJAEIEH I
TECTUPOBAHMS JICKAPCTBEHHBIX CPEJICTB;

3) mo3BoyAT OOJIee JCTANbHO IOHATH KIETOYHBIC MEXAaHH3MBI psjia
3a00JIeBaHU, B TOM 4YHCIIC OXXHPEHHS, YTO BaXKHO 11 OOOCHOBAHHS HOBBIX
METOJIOB JICUCHHS, HHTEepIIpeTaIiuu 3(QPEKTOB Mocae MPUMEHEHHUS JIEKapCTBEHHBIX
CPEIICTB.

[IpennoxxenHass B paboTe »HKCIEPUMEHTAIbHAs MOJCIh MOXET OBITh
WCITOJIB30BaHa JUIsl TTOCIICTYIOIIETO U3YyYeHUS MEXaHU3MOB TPAHCTIOPTa JTUTTUIOB U
YKHPOPACTBOPUMBIX BEIIECTB U U3YUYEHHUS BIUSHHUS DK30- U SHJIOTCHHBIX (DaKTOPOB

Ha MpOouCCChbl BCAChIBAHWA JIUITNAOB.

BHenpenne pe3yJibTaTOB UCCJIEI0BAHUS
Pe3ynbraThl HMCCENOBaHUS HWCIOJIB3YIOTCS B y4eOHOM IIpolecce Ha
Kadeapax TUCTOJIOTUH, SMOPUOJIOTHH U IUTOJIOTHUH; aHATOMUHU, TOTIOTpaduIecKon
anaromuu ®I'BOY BO «/MBaHOBCKas rocy1apcTBEHHAss MEAUIIMHCKAsT aKaJeMUsD)

Munucrepcrsa 3apaBooxpanenus Poccurickon @enepanuu.

JInyHbINA BKJIAJ aBTOPA
ABTOp HEMOCPEJICTBEHHO y4acTBOBAJI B BHIOOpPE TEMbI, ONPEEICHUN IICIIH,

dbopMyIMpOBKE 3a7a4, B pa3pabOTKE METOJUYECKUX U IKCIEPUMEHTATbHBIX
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IIOAXONOB, IPOBEJCHUU HAY4YHOIO IIOMCKA, IPOBEACHMM DKCIIEPUMEHTA,
0o0pa0oTKe, aHamu3e W UHTEPIpEeTallMi TOJYYEHHBIX pe3yibTaToB. Psn
HaOII0/IeHUI OBLTN OCYIIIECTBICHBI COBMECTHO C JAPYTUMHU HCCIEAOBATEISIMH, YTO
JOKYMEHTUPOBAHO COBMECTHBIMM MYOJIHMKALMSIMH M IPOTOKOJIOM 3STHYECKOTO
KoMuTeTa. B 4YacTHOCTHM, MOATOTOBKAa M CheMKa OOpa3LOB ISl AJIEKTPOHHOM
ToMOrpaduu OCyIIEeCTBJIEHA C MOMOLIbIO J-pa Med. Hayk I'. B. Be3nycenko B
7a00paTOpUM IEKTPOHHON MHUKpOCKONHMH MHCTUTYTa MOJIEKYISIPHOW OHKOJIOTHH,
r. Munan (MUranus). HekoTopelie paznensl paObOThI BBITOJIHEHBI B COTPYIHUYECTBE
c kauz. Ouoin. Hayk WM. JI. JIuMOBBIM, AOLEHTOM Kadeapbl aHATOMHUHU 4YEJIOBEKa
OI'bOY BO  «Cankr-lletepOyprckuii  rocyJapCTBEHHBIM — MeIUATPUUECKUN
MEIUIMHCKUM yHHUBEpCUTET» MHUHUCTEPCTBA 3ApaBOOXpaHeHUs Poccuiickon

denepanum.

Anpobauus 1uccepranuu

Pe3ynpTaThl HAy4HOTO HMCCIEAOBaHUS ObUIA MPENCTABICHBI B BUE YETHIPEX
JOKIaJ0B  Ha KoH(epeHuusix W  KoHrpeccax: Ha XIV-m  Konrpecce
MexnayHnaponnoit accoumanuu MopdosnoroB (Actpaxanb, 2018); nHa IV-i
Bcepoccuiickoii HaydyHOM KOH(EpPEHUUH CTYJEHTOB W MOJIOABIX YYEHBIX C
MexayHapoansiM yuactuem (MBanoso, 2018); na VII-m Bceepoccuiickom cbesne
aHATOMOB, TUCTOJIOTOB U 3MOpuosoros (Boponex, 2019); na V-it Bcepoccuiickoit
HAyYHOW KOH(MEpPEeHIIMH CTYJEHTOB W MOJOJBIX YYEHBIX C MEXIYHApOIHBIM

yuactuem (MBanogo, 2019).

y6naukanuu
Pe3ynbpTaThl MPOBENEHHBIX MCCIENOBAHUNA OTpa)k€Hbl B 11-TM Hay4yHBIX H
NPUPABHEHHBIX K HUM paboTax, M3 KOTOPBIX S5 OMyOJIMKOBAaHBI B HAayYHBIX
pELEH3UPYEMBIX JKypHaJlaX, TJ€ JOJDKHBI OBITh MPEACTaBICHBI PE3yJbTaThl
JUCCepTallMii Ha COMCKAaHWE YYEHOM CTEeNeHW KaHAWJaTa HayK, B TOM YHCIIe
3 nyOJIMKalMu B KypHallaX, UHJIEKCUPYEMBIX B MEXAYHApPOJIHON pedepaTUBHOM

0a3e TaHHBIX Scopus.
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O0beM U CTPYKTYpa JUCCEPTAIUU
O6mmit ob6veM muccepranuu — 128 cTpaHUWI] MaITHHOMUCHOTO TEKCTA.
JuccepTanusi COCTOMT U3 BBEIAEHUs, 0030pa JIUTEpaTyphl, MATEPUATIOB U METOJ0B
UCCJIEIOBAHUSI, PE3YJIbTATOB COOCTBEHHBIX MCCIECIOBAHUN C WIUTIOCTPAIUSIMHU,
oOCYXJIeHHsI Pe3yJIbTaTOB, 3aKIIOUCHHUS, BBIBOJIOB, CIMCKa JUTEparyphl. Pabora
MPOUJUTIOCTPUpPOBaHa 4-Ms TabaUIaMu U 15-10 KOMOMHUPOBAHHBIMU PUCYHKAMHU.
bubnmuorpadus Bximouaer 295 uCTOYHMKOB, B ToM umciie 10 OTEUYEeCTBEHHBIX U

285 MHOCTpaHHBIX.

baaromapuocTu

Beipaxkato T1i1yOOKyr0 0J1arolapHOCTh MOHMM HAYYHBIM PYKOBOAMTEIISIM:
JTOKTOpy Ouosnornueckux Hayk, goueHty M. C. CecopoBol H JOKTOPY
MEIULIMHCKUX HayK, npodeccopy, YJIEHY-KOPPECHOHACHTY PAMTH
A. A. MUpoHOBY, ONpEICIUBIIMM  HANPAaBJICHUE MOUX HCCICAOBAHMM U
IPEIOCTaBUBIINM BO3MOKHOCTh MPOBEACHUS YacTU U3 HUX Ha 0ase jaboparopun
AIEKTPOHHOM MUKpOCKONMHM MHCTHTyTa MOJNEKYISIPHOM OHKOJIOTMH TI. MwusaHa.
Hckpenne 6iaronapHa nokTopy mMeauinmHckux Hayk ['. B. besnycenko u nomeHTy
. JI. lumMoBYy 3a MOMOIIIb B IOATOTOBKE U 00CYKJI€HUU MaTepuaia; COTpyIHUKaM
U TpernogasaresisiM VBaHOBCKOW TrOCyIapCTBEHHOM MEIMIIMHCKOW AaKaJeMHH 3a

TCXHHUYCCKYIO ITOMOIIb M ITOJACPIKKY.
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I'maBal. OB3OP JIUTEPATYPbI

1. 1. Mukpockonu4yeckasi AHATOMHUSI KUIIEYHOH BOPCHHKHU CJIU3HUCTOH
000/10YKHM TOHKOH KUIIKHU

Cnusucras 00070YKa TOHKOM KHIIKM HWMEET XapakTepHbId penbed,
MUKPOCKOITMYECKUMH AJIEMEHTaMH KOTOPOTO SIBIISTFOTCSI BOPCUHKHY (BBITITIMBAHNS)
W KpunThl (TpyOuarbie yriyOsieHus). BopcuHkm mpeactaBisioT  coOoi
BBITISTYMBAHUS TTAJTBIICBUIHON WM JTUCTOBUAHOU (DOPMBI, OOpaIieHHBIE B MPOCBET
KHIIIKH, TIOKPBITHIC IMMUTEIMEM W MUMEIOIIUE «SIAPO», 00pa30BaHHOE CTPYKTypamMu
COOCTBCHHOM TUIACTMHKH CIU3UCTONM 00o0souku Kuiiku [136]. OmHOCIOWHBIH
CTOJIOUATHI SMNHUTENWH, BBICTWIAIOIINWNA KHUIIEYHBIM TpakT, (QopMUpyeTcs U3
MYJIBTUIIOTEHTHBIX CTBOJIOBBIX KJIETOK, PACIOJIOKEHHBIX B OCHOBAHUM KaxXIOU
kpuntel. [locne muddepeHUUpPOBKH U3 ATUX KIETOK MPOUCXOAAT YEThIPE
OCHOBHBIX THIA OHHUTCIHAIBHBIX KJICTOK: KaeMdaTble KIETKH (SHTEPOIIHTHI),
KOTOpbIE cocTaBisItOT O6oJiee 80% OT yucina BCeX SMUTENUATBHBIX KIETOK TOHKOMN
KHUIIKK, B 3apyOeKHOW JMTEpAaType MOILYT Ha3bIBaThCA aOCOPOUPYIOIIUMHU
AHTEPOIUTAMU,  aOCOPOUPYIONIMMH  KJI€TKaMU;,  OOKaJOBUIHBIE  KJIETKH,
MPOIYIUPYIONINE PA3IUYHbIE MYIMHBI U TPWIUCTHBIE TENTHABI, HEOOXOIUMBbIE
JUISL pOCTa M BOCCTAHOBJICHUS DMUTENUS; SHTEPOIHAOKPUHHBIE KJIETKH, KOTOPbIC
AKCTIOPTUPYIOT TMENTHIHBIE TOPMOHBI, KJIETKH C aluAOPWIbHBIMU TpaHyJaMu
(knetkn IlaHeTa), KOTOpBIE CEKPETUPYIOT AHTUMHKPOOHBIC KPUIITUIWHBI WIIH
nedeH3uHbl, MNUIleBapuTeabHble (GepMeHTl ©  ¢akrtopel pocta. Ilocne
nudhepeHIIUPOBKH SHTEPOIUTHI, OOKATOBUIHBIC W SHTEPOIHIOKPUHHBIE KICTKU
MUTPUPYIOT BBEpX M OTIHICIYIIMBAIOTCI HAa KOHUMKAaxX BopcuHOK [76]. Kak
KOJIMYECTBO JMHUTEMATIBHBIX KJIETOK HAa BOPCHUHKY, TaK M IUIOMIAh MTOBEPXHOCTHU
BOPCHMHOK XOPOILIO KOPPEJIUPYIOT C BBICOTOM BOPCMHOK M C KOJUYECTBOM
SMUTETUATBHBIX KJIETOK Ha cpe3e BOPCHHOK [228].

bazanpHyr0 dYacTh TUTA3MOJIEMMBI JHTEPOIMTOB KHUIIIEYHOW BOPCHUHKH
MOJICTUJIAET CJIOM CIUIOIIHOM, XOPOIIO BBIPAXKEHHOW Oa3aibHOM MeMOpaHHb.
bazanbHass MeMmOpaHa »SHIUTENHS KHUIIKA OOECIEYMBACT HMHTErPAIUI0 MEXKTY

MUTPHUPYIOUMU U uddepeHImpyomumMnucs KieTkamu. Ha anexTpoHorpamMmax
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OHM  TPEACTABJICHbl  MOJOCKOW  (uOpmmigpHoro  Marepuana, Oorartoi
TIIMKOIIpOTenHaMHu [76].

bazanbHbie MeMOpaHbl cosiepkat JaMUHHUH- 1, QUOPOHEKTHH, KOJJIareH TUIla
IV, surakTuH (HHOOTEH), a Takke mepiekan [269] B KkauecTBe OCHOBHOIO
KOMITIOHEHTA TelapaHcyibdar-nmporeoriaukanos [77, 98].

B OazanmbHOli MeMOpaHe ¢ TOMOIIBIO CKaHUPYIOIIEH SJIEKTPOHHOM
MUKPOCKONUU OBLIM OOHapy>KeHbI Mopbl pasHoro auamerpa (ot 0,5 g0 5 Mkm),
HapYIIAOIAM ¢ HenpephlBHOCTH [164]. BbUTO BBIIBHHYTO MPEAIIOIOKCHHE, YTO
Oa3anpHas MeMOpaHa Bo3HHKaeT de novo 0e3 nepdopainii, KOTOpbIC MOSIBISIOTCS
MO3JIHEE B PE3yJIbTaTe MUTPAIMN KJICTOK, MPOXOXKICHUS WHEPTHOTO MaTepHalia
[91, 163], a Takke CBs3aHBI C HAJMYUEM IICEBIOMOAMNA SMUTEIHATBHBIX KIICTOK,
HIepeCceKaroIMX MEeMOpaHy il KOHTaKTa C Me3CHXMMHBIMH KiieTkamu [165].

bruto mokazano, uTo B 0a3anbHOW MeMOpaHE KUIIEYHBIX BOPCHHOK KPBIC
OTBEPCTUS UMEIOT KPYTIIYIO WM OBaJIbHYIO (hopmy u quametp ot 0,5 10 5 MUKpOH.
OHu pacnpesielieHbl ¢ MIOTHOCTEI0 1-2x10¥%) / MM? B BepXHHX OBYX TPETAX
KHIIICYHBIX BOPCHUHOK, 3a HMCKJIIOYCHHUEM CaMbIX Bepxyliek. B mopax pasmepom
3 MKM HaiJIeHbI OTPOCTKH KIIETOK MMMYHHOH CHCTEMBI M snuTeanounutoB [140,
260].

KomnoneHTsI 0azaabHOM MeMOpaHbI CIIy’Kat IPOMOTOpPaAMH
T GEepeHIIMPOBKY SITUTEITHOIMTOB KUIIKKA KpbIChI [29]. Benok BHEKIETOYHOTrO
MaTpUKca — TCHACIIMH HAKaIlJIMBACTCS B IJIOTHOHW ME3EHXMME BOKPYT PACTYIIETO
snutenus [265], obecrneyrBaeT CBSI3b MEXAY SMUTEIHOIUTAMUA M COOCTBCHHOM
TUTACTUHKON CIM3UCTONW OOOJIOYKH, BOBIIEKAETCS B MPOIECCHl (PU3UOIOTHYECKOTO
oTTop)keHus suTeporToB [207].

Tonkass 0Oa3zanmpHass MeMmOpaHa OTACNSECT OHHUTEIMA OT COOCTBEHHOU
TUTACTUHKHA CIM3UCTOW 000JI04YKH. [MCTONOTHMYecKr COOCTBEHHYIO IUTACTUHKY
paccMaTpUBAIOT Kak oO0JacTh, JIGKANIYI0 MEXKIY SIHUTEINEM U CTPYKTypaMmH,
00pa3yoIUMH BHYTpPeHHee saApo BopcuHkH [7/6]. OHa oOpa3oBaHa THUITUYHOMN
PETUKYJISIPHOW TKAaHBIO C TOHKOW CETKOM PETUKYJSIPHBIX M KOJUIAr€HOBBIX

BOJIOKOH, CBO6OI[HBIMI/I u CI)I/IKCI/IpOBaHHBIMI/I KIJICTKaMH, JICKAIIUMU MCIKAY HUMMU.
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Cpenu KIIETOYHBIX DJIEMEHTOB OTMEYAIOTCS: IUIa3MaTHYECKHEe KIIETKH,
703uMHOMUIIBI, 0a30¢wiIbl, HeUTpodwIbl, TUMbOMTH [76], Makpodaru, a TaKxe
JNCHAPUTHBIC KJICTKH, KOTOPBIE OOCCIICYMBAIOT JIMOO 3alIUTHBIH WMMYHHTET K
WHQPEKIIMOHHBIM areHTaM, JM0O TOJEPAHTHOCTh K O€3BpeIHBIM aHTHUTCHaM,
BKJIIOYAs ITUIIIEBBIC 1 KOMMEHCaIbHBIC OakTepuu [217].

Kpome TOro, B CTpOoME KHIIEYHOH BOPCHHKH HAXOMATCS KICTKH
Me3oaepMaibHOro TpoucxoxaeHus [129]. K HUM oTHOCATCS pa3MYHbIC THUIIBI
¢ubpoOIaCTONONOOHBIX KJIETOK, TAaKKE€ H3BECTHbIE Kak (HhUOpoOIacTHBIE WU
ctpoMajbHble KieTku [161]. DBonee mo3gHMEe HUMMYHOTHCTOXMMHYECKHE
UCCIICIOBAHMS TIOATBEPAMIN MX TMPUHAIICKHOCT, K MuoduOpodimactam [185].
DTO KIETKH 3Be3m4aToil GopMbl ¢ OOJBIIUM YHUCIOM OTPOCTKOB. OHM COIepIKaT
NYyYKH aKTHHOBBIX (HJIAMEHTOB, OCJNKH TPONOMHO3MH H MHO3uH [133] wu
KOHTaKTUPYIOT JPyr ¢ JAPYroM ¢ TIOMOIIBIO IMIEJIEeBBIX KOHTakToB [141].
Muo¢pubpobracTel 00pa3ylOT CeTh, MOKPHIBAIOIIYI0 MUKPOCOCYAMCTOE «JIEPEBO»
sapa BOpCUHKH. JlaHHas TpexMepHas CeTh, IPEIIOJIOKHUTEIBHO, MOXKET
BBICTYIIaTh B Ka4eCTBE CKeJieTa BOPCUHKHU, a TaKKe, BIMATh Ha 3()()EKTHBHOCTH
BCAChIBaHWSI W TPAHCTIOPTHPOBKU IMHTATEIBHBIX BEMICCTB (TIPU COKpAICHUU
muoduopobiaactoB) [69]. CeTb 0XBaThIBaCT COOCTBEHHYIO TUTACTUHKY M HAXOJIHUTCS
B TECHOM KOHTAaKTE€ C AIHUTEIMEM, HEPBaMH U KaNWLIIPAMH, TIaJKHMH MBIIIAMU
¥ UMMYHHBIMH KJ1eTkamu [97].

B nmomosHeHMe K pa3TuYHBIM BOJOKHHUCTBIM dJIEMEHTaM (BKJIIOUYas KOJIIareH
IV, Ttenacuun [111], nmecmun, »sHTakTMH, JamuHuHb [103]) coOcTBeHHas
TUTACTUHKA KHUIIEYHOW BOPCHHKH COICPKUT aMOp(hHOE BEIIECTBO, BKIFOYAOIIEE
CMECh TJIMKOAMUHOTJIMKAHOB W THATyPOHOBOW KHCIOTHI, CTEIICHb THApATAIHH
KOTOPBIX 3aBUCHUT OT CKOPOCTH BBIBEACHHS aOCOPOMPOBAHHON IKUIKOCTH
MUKPOIUPKYJISTOPHBIM PyCJIOM 1 JiuMpaTudeckoit cuctemoit [37, 38, 100].

B neHTpanbHOM 30HE KHILEYHOM BOPCHHKH pACHOJIATAETCA TyCTas CETh
KOJUTArCHOBBIX ~ BOJIOKOH,  PACIOJIOKCHHBIX  BOKPYI  KPOBEHOCHBIX U
AUM(paTHYECKUX KalmWUIAPOB, C KOTOPOM B TECHOM KOHTAKTE€ HaXOMATCS

MuopuopobracTel. B sipe BOPCHHKM pacmoiaratoTCs MyYKU TIIaJKOMBIIIEYHBIX
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KJIETOK, KOTOpbIE Ha BEPXYIIKE BOPCHUHKM CBs3aHbl ¢ MuOpuOI00IaCTAMU
coocTBenHoM ractuaku [118] n cocymamu [100].

[locne ynaneHuss SNMUTENMs HA IMOBEPXHOCTM BOPCHHOK BHUIHA CETh
KPOBEHOCHBIX cocyioB [257].

AUEHTpalnbHO pAaCHOJIOKEHHAs Ha BEPXYIIKE BOPCHHKU LEHTPaJIbHAS
apTepHoJIa MEPEXOIUT B KAMIUIIPHOE CIJIETEHUE, COCTOSAIIEE U3 [IUINHAPUIECKON
(GbOopMBI TOPIUTETUATBHBIX OOMEHHBIX MHUKPOCOCY/IOB, YACTO UMEIOIUX H3BUTYIO
KoHuUrypamuo. Bece 3TH Kanuuisipbl CIyCKAarOTCs 0 HAMPaBICHUIO K OCHOBAHUIO
BOPCHUHKH, I/I€ MEPEXOASIT B BEHYJIy, OEpyllyl0 Hayajlo NpUOIHU3UTENBHO W3
BEpXHEl TpeTu BOPCUHKU. Hurke 3TOro cocyaucToro myyka Kanuyuigpbl CIEIYIOT
BEPTUKAJILHO BHU3, Mpuiieras Kk 0a3alibHOM MeMOpaHe U clioto pudpo061acToB, riae
OHU CIIMBAIOTCSI C COCyJaMH, CBs3aHHbIMH ¢ yctheMm Kkpuntel [100]. B
MUKPOCOCYJUCTON apXUTEKType BOPCHHKM HMEIOTCS 3aMETHBIE MEKBHIOBbHIE
paznuyusl.

B 1nenTtpe kumedyHod BOpcHMHKHM pacnonaraiorcs 3-10 wim  Oonee
LHEHTPAJIbHBIX MJIEYHBIX COCYIOB (UEHTpaJbHbIA JUM(ATUYECKU COCY;
TepMUHAIBHBIA MJeuHblid  cocyn [39]; nmumbarnueckuit kamwuissp [10]) B
3aBUCUMOCTH  OT IIMPUHBI BOPCUHKHU. lIeHTpanpHBIl  MJIEYHBIM  COCY.
MPEACTABIIAET COOO0M CIIENO HAYMHAIOIIMICS KAWL, PACIIONIOKEHHBIN B IIEHTPE
BopcuHkH [180]. 3aMKHYTBI HadYaIbHBIA OTAE] LEHTPAILHOTO JTUM(PATHICCKOTO
KaIWJUIIpa BOPCUHKH PACIIONaraeTcs 1noj BepinHaMu BOpcHHOK Ha 30-50 MkM OT
UX TOBEPXHOCTH. MIleuHble COCY/bl B KaKJOW BOPCHUHKE 0Opa3ylOT aHACTOMO3bI
JIpYr C JIPYrOM U OKPYXEHbI CEThbI0 KPOBEHOCHBIX KamwuIsipoB. B ocHoBanuu
BOPCUHKHM MJIEYHBIE COCYAbl CJIMBAIOTCS M OOpa3yloT UIMPOKUNA CHHYC, U3
KOTOPOTO BBIXOJAT 2 WM 3 TUM(ATUYECKUX COCYJa YXOISAUINX B MOACTUUCTYIO
obonouky kumku [192, 193]. B BepxHHX OTHENax BOPCHHKH TIPOCBET B
TUM(pATUYECKUX KamuUIsipax MaKCHMAaJICH, a MX PACCTOSHHUE JO AMUTEIHATBHON
0a3anbHONM MEeMOpaHbl MEepeHeH W 3aJHEeW MOBEPXHOCTEH HEeBeIuKo. B HuxHen

JaCTHU BOPCHUHOK pa3MEp IPOCBECTA B J'II/IM(l)aTI/I‘IeCKI/IX MHKPOCOCYyaAaX MHUHHNMAJICH

[6].
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B IUM(paTHIECKUX KaIuIsipax BBISIBJICHBI ONpEeJEICHHbBIC
yIbTPaCTPYKTYpHbIE OCOOEHHOCTHU: MX SHAOTENNN HE UMeeT (eHectp, Oa3anbHas
MeMOpaHa oTcyTcTByeT. COeMHEHUsT MEXIY 3HIOTEIHAIBHBIMU KJIETKAMH MOTYT
OBITh 3aKPBITBIMHU, CJIOKHBIMH, IPOCTHIMU U OTKPBITBIMH, YTO, OUEBUIHO, 3aBUCUT
oT ¢a3pl paboThl opraHa. J[ns MOCTKANWUISPOB XapakTEPHBI MPEepPHIBUCTAS
0a3asibHass MeMOpaHa W HaJW4he BHYTPUIIPOCBETHBIX KianaHOB. CoeqUHEHMS
MEXKy SHIOTEIUOLUTAMH NOCTKANMWUIAPOB B OCHOBHOM 3aKpBIThI, HO, BPEMS OT
BPEMEHH, BCTPEYAKOTCSA MPOCTHIE OTKPBITHIE, UTO JIEMOHCTPUPYET ONPEIEICHHbBIC

JPEHaKHbIC U TPAHCIIOPTHBIC GYHKIIMU 3TOH YacTu JuMpaTuaeckoro pycia [9].

1. 2. MopdodpyHkuoHAIbHOE CTPOEHHE KAeM4aToro 3JHTEPOUUTA
CJM3UCTON 000JI0YKH TOHKON KHUIIIKH

[Ipu3zmaTnueckre, KaeM4yaTble SHTEPOLUTHI COCTABIISIIOT OCHOBHYIO MaccCy
KJIETOK BOpCHMHOK. OHU  GOpMHPYIOT CIOM  IIECTUYTOJBHBIX  KIIETOK,
OTJIMYUTEIILHOW OCOOCHHOCTBIO KOTOPOTO SBJISIETCA «IIETOYHAS KaeMKay,
COCTOSIIIAs W3 TOHKUX BBIPOCTOB ANHWKAJIBHOM YacTH ILUIa3MOJIEMMBI —
MHUKPOBOPCHHOK.

OHTEPOLUUTHl UMEIOT TUIUYHBIN ISl JAHHOTO SMUTENIHUS HAa0Op OpraHes:
DHJIOLMUTO3HBIE BE3UKYJIbI, 3HIOCOMBI, JIM30COMBI, BTOPUYHBIC TPAHCIIOPTHBIC
NYy3bIPbKM W aNuKaJdbHbIE MHUKpOTpyOoukm [2, 5, 229]. B O6azanpHoil yacTu
SHTEPOIIUTOB PACIOJAraloTcsi OBaJIbHOW (OPMBI sijpa € MNPUMEPHO PaBHBIM
OTHOULIEHHEM TEeTEpO- M JdyXpomMaThHa. B HagbsAaepHOW 30HE PaCIIOJIAraroTCs
OBAJIbHBIE WJIA OKPYIJIBIE MHUTOXOHJIPUM W CTPYKTYpPhl KOMIUIEKCAa [OJbIKH C
HEOOJIBIITUM KOJIMYECTBOM Be3uKyl. [log sapoM KOJIWYECTBO MHUTOXOHIPHUIN
ymenbInaetrcsi. CBOOO HBIE PUOOCOMBI U TTOJMCOMBI BCTPEYAIOTCS MMOBCEMECTHO B
yMEpEeHHOM KojudecTBe. M3peaka B HaabsSAepHOM 00JIaCTM BCTpEHAOTCA
au3ocoMbl.  [Ipopumu I'DOP  BBIABIAIOTCS, B OCHOBHOM, B HaIAbSIACPHOM
nurornasme, IIDP passur cnabo. Hanm saapom pacnonioXeHbl CTPYKTYpbI
komruiekca [Nonbmku. CTonku koMiuiekca ['osbky mubo pacmosiararoTcs B 30HE

BCPXHCTO IIOJIXOCA sA1apa, 100 JIeKaT MapaJuIiCJIbHO JJIMHHUKY KJICTKH.
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Muxkposopcunku. AnuvKanbHash TOBEPXHOCTb HSHTEPOLUTOB KHILIEYHBIX
BOPCHHOK 00pa3oBaHa MHUKPOBOPCHHKAMH — IaJbIIEBUIHBIMU BBHIMSTYMBAHUSIMUA
IJIa3MOJIEMMBI. Y  KaXJOr0 JHTEpoOUUTa HacuuThiBaeTca okomo 2000
MUKPOBOPCHHOK IMWIMHApUUEcKoi Gopmbl okosio 1000 uMm B jymuHy 1 100 HM B
nuameTpe. OHM yBEIMYMBAIOT IUIOMIAJb AaNUKaJIbHOW MOBEPXHOCTU KJIIETKH B
24 paza. CpeaHee KOJNMYECTBO MHUKPOBOPCMHOK Ha 1 MKM? IOBEpXHOCTH
HHTEPOLMTA TOLWIEH KHUIIKK Yy KpbIC cocTaBisieT 65. [[nMHa MUKpOBOPCUHOK paBHa,
B cpenneM, 1,653 mxm, muamerp — 0,084 MM, cpeauss mromans — 0,419 Mrm?,
oO11ee OTHOIICHHE MOBEPXHOCTH MUKPOBOPCHHOK K MOBEPXHOCTH BOPCUHKU — 27
[21, 197].

Kaxnas wMukpoBopcunka conuepkut 40-50 axkTUHOBBIX (UIAMEHTOB,
KOTOpbIE 3aKaHYMBAIOTCS B IIUTOILIa3Me dHTepouuTa Ha riryoune 500 Hm, oOpa3ys
TepMHHAJIbHOE ciuteTeHue [5]. B cocTaB akTHHOBBIX ()MIAMEHTOB B alUKaIbHOU
30HC BXOAAT Oenkv BWLIMH W ¢GuMOpuH [85], B mepexoaHOW 30HE MEXIY
KPUIITAMH M BOPCHHKaMU — MHO3HH [114]. ®uMOpuH, yBeIUYHBACT KECTKOCTh U
MOPSAOK MHUKPOBOPCHHOK [61], B ero oTCyTCTBMM MHUKpPOBOPCHUHKH CTAHOBSTCS
KOpoue M HMEIOT MeHee ymnopsjgodeHHble supa [204]. BwimH npejicTaBicH B
pPaBHBIX KOJIMYECTBaX BO BCEX KIETKAX BOPCHUHOK, IMPU OSTOM BUJUIMH-
cnerupuueckass MPHK Haiinena mnpeumymiecTBeHHO B 0Oa3albHBIX OT/AENAX
BOPCHMHOK, TJI€ TMPOUCXOJUT OKOHYaTenbHas Aud@epeHIupoBka KIETOK U
(dbopMupoBaHue 1eTouHOM Kaemku [70, 264].

OcnuH  SBISETCS €Il OJIHUM  aKTHUH-CBA3BIBAIONIUM  OEJIKOM,
OOHApYyXEHHBIM B MHUKPOBOPCHUHKAX U MPUCOCAUHSIOMIUMCS K aKTHHOBBIM
MoHoMmepaM. OH peKpyTHpyeTcs Mociie BWUIMHA U (GumOpunHa [79], mpuuem,
MBIIIY, JMIIEHHBIE 3CHUHA, UMEIOT HOPMAIbHYI CTPYKTYPY MHKPOBOPCHHOK
[270]. beuto moka3aHo, YTO Ja)xe eClii Bce OCIKU — BHJUIMH, (UMOpPUH U 3CIIUH —
yAQJI€Hbl W3 KUIIEYHOTO JOUTENUs, B pPe3yibTaTe MOJYYalOTCs JIMIIb
HE3HAUUTEJbHbIE HW3MEHEHUS! B CTPYKType MHUKpPOBOPCHUHOK. CrenoBaTelbHO,

BO3MOKHa KOMIICHCAlUA JOPYTIUMH, K HACTOAIICMY BpPEMCHH HCH3BCCTHBIMU,

monekynamu [187]. Jlns mnpaBuibHOrO (GOPMHPOBAHHS M CTaOMIM3AIIUH
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«IIETOYHOU KaeMKW» HeoOXxoauMbl Takxke Oenkn ERM-33pun [101] u Crb3 [62].
[Ipy uX OTCYTCTBHUH apXHUTEKTypa BOPCHHOK HAPYIIAETCA, a MHUKPOBOPCHHKHU
YKOPA4MBaIOTCSl, XOTSI OCHOBHBIE MEXaHH3MBI 3TOTO OCTAIOTCS HEsICHBIMHE [225].

MUKpOBOPCHHKH 3aKpEIUICHbI B CyOanuKalbHON TepMuHaibHO# cetn [203]
C TOMOIIBI0O MHUO3WHA V, KOTOPBHIH MPUCYTCTBYET B TEPMHUHAILHON CETH U Ha
JUCTAJILHBIX KOHIIAX MUKPOBOPCHHOK [127].

TepMuHanbHOE CIJIETEHHE COCTOUT U3 aKTUHOBBIX (DUIIAMEHTOB, CBSI3aHHBIX
C IIUTOCKENIETOM KJIETKH, a TAaK)Ke MMPOMEKYTOUHBIX (PHIaAMEHTOB, KOTOPHIE BMECTE
C MHO3MHOM M JueapuHOM [179] CTaOMIM3HMPYIOT anMKAJIbHYIO IUIa3MOJIEMMY
kiaetok [105]. Muo3uH la CKOHIIGHTPUPOBAaH B CPEIHEH YacTH MHUKPOBOPCHHKH
[168]. B TepMmuHanIbHOE CIUIETCHHE BIUICTAIOTCS TaKkKe (QUOPUIUIAPHBIM
KOMITOHEHT TUIOTHBIX COCTMHEHHM.

[InazmaTudeckass MeMOpaHa SHTEpPOLIMTAa TMOJMSIpHA W JCTUTCA Ha
alMKaIbHBIAE W 0a3oJaTepalbHBIA JOMEHBI C Ppa3IUYHBIM  MOJICKYJISIPHBIM
cocTtaBOM U (GyHKIMEH. ANMKaabHAsl 4acTh IJIA3MOJIEMMBI IPEACTaBIsCT COO0O0M
Y3KOCTIEITMAIN3UPOBAHHYIO MeMOpaHy, npeIHa3HaYCHHYIO TUTST
GYyHKIMOHUPOBAHUS B KA4eCTBE  MHUINEBAPUTEIBHOM ¥ TOTJIOMIAONIEH
TIOBEPXHOCTHU C BBICOKOM MPOMYCKHOM criocoOHOCThIO [66]. OHa xapakrepusyeTcs
HEOOBIYHO BBICOKHMM COJIEp)KaHUEM TIUKOJUMHAOB (mpubausuteasHo 30% ot
oOmero Junuaa MeMOpaHbl), YTO  MO3BOJSET  (POPMUPOBATH  KUJKHE
YIOPSI0YCHHBIE MHKPOJAOMEHBI, ©O0Jiee W3BECTHbIE KaK JUMUAHBIE pPaQTHL
['mukomumuaaeie  padThl CTAOMIU3UPYIOTCS TAJICKTHHOM-4, BYXBaJCHTHBIM
JICKTUHOM, KOTOPBIA CINMBAae€T OCTATKU TalakTo3uia (M JPYrux YIrJIEBOJOB),
MPUCYTCTBYIOIIUX HA JIMIHUJHBIX MEMOpaHaX M HEKOTOPHIX OenKax IEeTOYHON
Ka€MKH, BKIIIOYass HEKOTOPBIC W3 OCHOBHBIX THAPOJIa3. DTH HAJAMOJEKYISIPHBIE
KOMIUIEKCHl  JTOTIOJTHUTENHHO CTAaOUIM3UPYIOTCS C TIOMOIIBIO HWHTEJICKTHHA,
KOTOPBIH Takke (PYHKIIMOHHPYET KaK KHIIEYHBIM perenTop JakTodeppuHa.
HakoHer, aHTUTIUKO3UIBHBIC aHTHUTENA, CHUHTE3MPYEMbIE TIa3MaTHYECKUMHU
KJIETKAaMH JIOKAJIhHO B KHIIIEYHUKE, OTKJIAJIBIBAIOTCS HA TIWKOJUIUIHBIX padrax

((IHGTOHHOﬁ KaCMKHN», 3allluiiasid SIUTEIIMU OT JIFOMEHAJIbHBIX IIaTOIrCHOB, KOTOPLIC
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UCIIOJIb3YIOT JIMMHUJHBIE paThl B KauyeCcTBE MOPTAIOB ISl MPOHUKHOBEHHS B
opranmsm [65].

N3ydyenne OEIKOBOTO COCTaBa M30JMPOBAHHBIX «IIETOYHBIX KaeMOK»
HHTEPOLMTOB  BBISBHJIO, B 0OmIEH  CJIOXHOCTH, 646 O€lKOB  pa3HBIX
GYHKIMOHATBHBIX TPYMIT: (EPMEHTHl «IIETOYHOW KaeMKW» (qucaxapuiasbl,
NEenTUAa3bl M JIMMAa3bl, CBSI3aHHbIE C MEMOpPAHOMN); TMOTpaHWYHbIC KaHaJIbl U
TPAHCTIOPTEPHI, B TOM YHWCJE YYacCTBYIOIIME B MOTJIOMICHUH JUMUAOB (OenIoK-
MEPEHOCYMK MHUKpOcOMalibHOTrO Tpuriuiepuga — MTTP), unen cemeiicTBa
mucynbua-uzomepas Oenka A, anoJMNpoTeMH A, anoaunomnporeuH B,
TpaHcmoptep xojectepuHa, Niemann-Pick Cl-nmogoOubiii Oemok 1 u ap.); Oenku
nuTockeneTa (M30(opMbl aKTHHA, MUO3MHA JIp); MOTOpPHbIE O€JIKM (aHHEKCHH,
TaJICKTHH); OCJIKU aare3un (KiayauHbl, KJIaBUHBI, Kaarepunsl) [210].

bazonarepanbHas 4acTh IJI1a3MaTHYECKOU MeMOpaHbI Oorata
dochatuamrHo3uTOIOM-3.4,5-TprdochaToM U UMEET peliaroliee 3HaYeHUEe MPU
B3aUMOJICHCTBUU COCEIHUX KJIETOK U SHTEPOIUTA C Oa3aIbHOM MEMOpPaHOM.

Meosickniemounvie coedunenus. ' epMETUYHOCTh U CTAOUIIBHOCTh KUIIIEYHOTO
SMUTENHST  OTpenesatorcs  GOPMHPOBAHMEM  PA3JIUYHBIX  MEXKKJIETOYHBIX
COCMHEHMM, TaKMX KaK IUIOTHBIE COCIWHEHUS, aATre3WBHBIC COCIWHEHUS,
necMocoMbl [126], a Taxoke 1ieneBbie coeauneHus [268].

[InoTHBIE COeNMHEHUs NENAT KIETKY Ha anvKajibHBIM U Oa3zonarepabHbIi
nomeHbl  (pyHKuMs Oapbepa) U PETYJUPYIOT MacCUBHYIO  IudPy3uto
pPacTBOPEHHBIX BEIISCTB M MakpoMouyiekyn (pyHkuus Bopot) [157, 218].
[TpoHuIIaeMOCTh TUIOTHBIX KOHTAKTOB YMEHBIIAETCS MO Mepe CO3pEBaHUA U
MUTPAIUK SHTEPOIUTOB [7].

[TnotHoe coemmnenue, zonula occludens, mpencTaBiseTr cOOOUM CIOXHYIO
ceTh OeNKoBBIX (UOPWIT BHYTpPH IUIa3MaTUYECKOM MeMOpaHbl, KOTOpbIE
OKpPYXKaIOT KJIETKY MO MEepUMETpy B HEMOCPEICTBEHHOUN OJIM30CTH OT MpOCBETa
kumieynnka [283]. [lnoTHele COeIMHEHUWS WIrPAIOT YHUKAIBHYK pOJb B

repMeTu3alnm  MCEKKIICTOYHOI'O IIPOCTPAaHCTBA MW CO3JdHHA OSIIUTCIIMAJIBHOTO

Oapbepa [154].
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OuOpusuibl  IUIOTHBIX ~ COEAMHEHUM  COCTOST W3  aJre3UBHBIX
TpaHCMEMOpPAHHBIX OEIKOB, KOTOPHIC ACCOIUUPYIOTCS C aHCAMOJSIMU OEIKOB
IUTOCKEJIETa HA IIUTO30JILHOM MOBEPXHOCTH MeMOpaHbl. MEXKIETOUHBIN Oapbep
CO37aeTCsi TOMOTHUIIMYECKMMHU B3aUMOACHCTBUSMU MEX]Yy TpaHCMEMOpPaHHBIMU
OelKkaMu KOHTAKTUPYIOIIUX SIHUTEIUATBHBIX KJIETOK (OKKIIOAWH, KIIAyIWHBI,
COeIMHUTEIbHAS MoJIeKyna aaresun-A, JAM-A). MexkierouHnas aare3us
YCHJIMBACTCS W PETyJIUPYETCs ITUTO30JbHBIMU Ociikamu, Hampumep AF-6/afadin,
KOTOpbIE TPYNIHUPYIOT H CTAOWIM3UPYIOT TpaHCMEMOpaHHBIE KOMITOHEHTHI
IUTOTHBIX COCJMHEHUI Ha TIa3MaTtuieckoit memopane [110, 252].

[InoTHBIE  cOeaWHEHWS  TOMACPKUBAIOT  HMJCHTUYHOCTh  JOMEHA
0azoyiarepayibHONM YacTH MJIa3MaTHYECKOM MEeMOpaHbl, B TOM YHCJIE C MOMOIIBIO
Oenka Scribble [55, 295]. JlanHblii O€IIOK JIOKAIU3yeTCS B IUIOTHBIX COCAMHEHUSIX
U KOHTPOJMPYET MX COOPKY M ILIEJIOCTHOCTh AMUTENHAIbHOTO Oapbepa. pyrue
Oenku OazonaTepaibHOM TONSIpHOCTH, Takue Kak Dlg-1 wu Lgl-1, Takke
HEOOXOIUMBI JJIsI COOPKH TUIOTHBIX CoeMHEeHUM [284].

[InoTHBIE COEMWHEHUS TPEACTABISIIOT COOOM MWHAMHYECKHE CTPYKTYPHI,
OapbepHyI0 (PYHKIIMIO KOTOPBIX MOXKHO PEryJupoBaTh BO BpeMs MOTJIOIICHUS
pacTtBopeHHOrOo  BemiecTBa. (C  KOMIIOHGHTaMH  IUIOTHOTO  COCIUHEHUS
(GYHKIMOHATBHO — B3aUMOJACHCTBYIOT O€IKH  aKTHHOBBIX MHUKPO(MUIMEHTOB,
KrHa3bl, (hocarasbl U BHYTPUKIICTOYHBIN TpaHCTIOPTHBIN ammapat [188].

ANre3VBHBIC COCAMHCHHUS PACTOJiararoTCs Ha 0aszojaTepallbHOW YacTH
MJ1a3MOJIEMMbl HUKE TUIOTHBIX coefauHeHud. OHHM, B OCHOBHOM, cocToAT u3 E-
KaJIFepUHa, KATCHUHOB M aKTHUHOBBIX (QuiiameHToB. OHU HE co37aroT Oapbep, HO
00eCreunBalOT CUIy, HEOOXOAMMYIO Ui yIEpKaHHS KIETOK BMECTe U
dbopmupoBanus HemnpepsiBHOro smutenus [189]. Kpome Toro, aare3uBHbIE
COCIMHECHUS OOCCIICUMBAIOT WHHUIMAIIMI0 W CTAOMJIM3AIMIO MEKKJICTOYHOM
aAre3nu, PEryysalyui0 aKTUHOBOTO ITUTOCKENETa, BHYTPHUKJICTOUHYIO Tepeaady
CUTHAJIOB U PETYISIIIUIO TPAHCKPHUIIIIUU. SIIpO aire3MBHOTO COCTMHECHUSI BKITFOUACT
B3aMMOJICUCTBHUS MEXKy TPAaHCMEMOpPAaHHBIMU TJIMKOIPOTEHHAMH CyIIepceMeicTBa

kagarepunoB (E-kaarepuH) u uiaeHamu cemericTBa karenuHoB (pl120-catenin, [3-
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catenin u o-catenin). BMmecte 53T OelKu KOHTPOJHMPYIOT (HOpMHUpPOBAHUE,
noJiiepKanue U (PyHKINIO anre3uBHBIX coequHenui [110].

B xwummeynom »snutenwu, Ha 0aszojaTepaqbHONM YacTH  IUIA3MOJIEMMBEI,
JUCTalbHEE aJre3WBHOTO  COCJAMHEHHUS  pACIoOJiararoTcs jJecMocombl  [86].
JlecMocoma mipescTaBisieT co00i MPEphIBUCTYIO, TTOJOOHYIO KHOTIKE, CTPYKTYPY C
XapaKTEpPHBIM MEKKIETOUHBIM MpocTpaHcTBoM (~ 240 A). Omna copmepxur:
LEHTPaJbHBIA JUCK W3 IJIOTHOTO Marepuana; JUCKPETHBIC IUTOIIa3MaTUUYECKUE
«OJIAIIKWY», PACIIOIOKEHHBIE MapaIeIbHO BHYTPEHHEN MOBEPXHOCTU KIIETOYHOMN
MeMOpaHbl; My4YKH UTOTIA3MATHYECKUX (PUOPUILT, CXOIAIIUXCS Ha «OJISIIKAX.

[{utockeneT IHTEPOILUTA, OUEBUIHO, UTPAET BAXKHYIO POJIb KaK B T€HEpallH,
TaK U B TMOJIEPKAHUU DOUTEIUAIBHON MOJSPHOCTH. BHYTPUKIETOUHBIN
TPAHCIOPT B AHTEPOIIUTE OCYIIECTBISETCS BIIOJIb MUKPOTPYOOUYEK M aKTUHOBBIX
¢dunamenToB [127]. MEKpOTpYOOUYKH PacIIoNaraloTcs MUHYC-KOHIIAMH allMKaJIbHO,
a TUTIOC-KOHIIaMU — 0a3zanbHO. TpaHCHOPT OpraHei BIOJb MHUKPOTPYOOUeK
OoOyCJIOBJIEH, B OCHOBHOM, JBYMs THUIIAMU MOTOPHBIX O€JIKOB: JUHEUHOB U
KHUHE3UHOB. BOKOBON MeMOpaHHBIN JOMEH CTPOUTCS HAa OCHOBE CIEKTPaIbHOTO
MEMOpPaHHOTO IMTOCKENIETa, COCTOSIIEr0, B OCHOBHOM, U3 aKTHHA, CIIEKTPUHA U
aHKUpPUHA. AHKUPHUH CBS3BIBACTCS C PA3IMUHBIMU UHTETPATbHBIMU MEMOPAHHBIMU
OenkamMu, 4TO, BEPOSITHO, UTPAET PEHIAIONIYI0 POJIb B MOJICPKAHUU U / WIH
reHepalud  MOJISIPU30BAHHOTO  pacmpelesieHuss  3THX  0a3onarepaibHbIX
MeMOpaHHBIX O0enkoB [94].

[IpomonbHasi oOpueEHTalMss W TPUBSI3KA K AaNuKaJIbHOW MeMOpaHe
HEILIEHTPOMEPHBIX Tpybouek ocyiectBisieTcs 6enkom CAMSAP3 (kanbMoayvH-
PETYIUPYEMBI-CIIEKTPUH-aCCOIIMUPOBAHHBIN  O€OK  3), KOTOPBIA CBSI3BHIBACT
OCIOK MMHYC-KOHIIa MHUKPOTPYOOUKH. DTOT MEXaHW3M HEOOXOIUM  JIst
MOJAJICp)KaHUSI BHYTPUKJIECTOUHOM OpraHM3alluM JIUTENWs, HarpuMmep, s

MO3MIIMOHUPOBAHUS oprane [34].
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1. 3. TpaHcnopT JUNKMAOB U3 TOHKOH KUIIKH B COOCTBEHHYIO MJIACTUHKY

KHIIIEeYHOH BOPCHHKH

[1yTh TpaHcTOpTa JUIMUIOB Y€pe3 AMUTETUATbHBIC KIETKH KUIIEUHUKA ObLI
omucad BHauaje 60-x rogos [93, 132, 191, 198, 224, 251, 282 288]. Ognako B
MOCJIETHUE TOAbl PSJ YYEHBIX BEPHYIHUCh K H3TOMY BOIPOCY C TMO3UIUHU
MOP(OJIOTUYECKIX OOOCHOBAaHUN HM3BECTHBIX MOJICKYJSPHBIX MEXAHHU3MOB M HX
netanu3aiuu [159].

B 1nienoM nyTh HU3KOMOJIEKYJISIPHBIX JIUMHUI0B MOKHO Pa3/IeNIUTh HAa YEThIPEe
JTama TpaHCmopTta: 1) dYepe3 IUIa3MoJeMMy MHKPOBOPCHHOK JHTEPOIMTA B
UTOIUIa3My  KJIETKH; 2) OT anuKajdbHOM 10 0a3oiarepajibHOM  YacTH
Ia3MaTUYecKod MeMOpaHbl SHTEPOLNTA; 3) uepe3 IIIa3MOJIEMMYy JHTEPOIIMTA B
MEXKIETOYHOE W WHTEPCTUIIHATBHOE TPOCTPAHCTBO; 4) W3 HWHTEPCTUIUS B
MPOCBET JTUM(PATHUECKOTO KaUJUIsIpa.

Ha mnmasmatuyeckoii MemMOpaHe MHUKPOBOPCHHOK SHTEPOLIUTA, JIMIHJIBI
abcopOupytorcs B Bujae MoHoriunepugoB U KK u B sHTEeponuTe BHOBB
PECUHTE3UPYIOTCS € OO0pa3oBaHWEM TPAHCIIOPTHONW (POPMBI JIMIOMPOTEHHA —
XHJIOMHUKPOHA U JIMIIOMPOTEHHOB OYEHb HU3KOM utoTHOCTH [115].

bru1o mokazano, 4To KOpOTKO- U cpenHe-nenoyeunbie JKK BcaceiBaroTes us
MIPOCBETa KHINKH TMPEUMYIIECTBEHHO B KPOBb, TOT/A KaK JITMHHOIICTIOYCUHBIE
pe30pOUpYIOTCs, IIIaBHBIM 00pa3oM, TumbaTtudeckoi cuctemon [30].

bruto BbIcKazaHo mnpeamnonoxenue, 4yro KK mnomagaror cHavyama B
IIUTOTUIa3My SHTEPOIIMTOB, a YXE 3aTeM 3axXBaThIBAIOTCS SHJIOIUIA3MAaTHYCCKON
ceThio. [Ipu 3TOM aBTOPBI YTBEPHKIAIOT, YTO JHUMHUIBI OTCYTCTBYIOT B IUTOILIA3ME
MUKPOBOPCHHOK IIIETOYHONW KA€MKHU U B 30HE, HETIOCPEACTBEHHO MPUJIETAIOIICH K
OCHOBAHHIO MIETOYHOU KaeMku [159].

Coopka IIpeXM mpeacTtaBiasieT coOOOM CIOXKHBIA TIPOIECC YIAKOBKH
HU3KOMOJICKYJISIPHBIX JIUIIUJOB B TEPMOJWHAMHUYCCKH CTAOMIIbHBIC YACTHIIHI,
colep)Kalue HEHUTpalbHbIe JIMMUIALI  (CIIOXKHBIE A(GUPBI  XOJECTEpUHA U

TPUTTUIIEPUABI) B siipe U MOJspHble JTUnuasl (pochomunuasl u cBOOOTHBIN
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XOJIECTEPUH) BMECTE€ C aroJuIonporenHaMmu (B OCHOBHOM ApoB) Ha wux
noBepxHoctu [199, 273].

VYxke uepe3 20 MHUH. ITOCJIE BBEJACHUS B IPOCBET KUILIKU MHILIH, COAEPKAILLEH
Mato JunuaoB, [IpeXM MosBISIFOTCS B IPOCBETE SHIOMIA3MaTHYECKON ceTh [52,
285]. Ilo nmpyrum JaHHBIM, WMMYHOTHCTOXHMHYCCKUE HCCIICOBAHHS BBISBHIIN
ycwieHne «MeTtku» Ha ApoB B mpodumisax ['DP yxe yepes 5 MHHYT mociie
BBEJICHUS JINTTUOB B rpocBeT kumku [230, 288].

[Ipogomxaer o6Ocyxknarbesi mHeHue, yto KK cHawana mnomagaroT B
LHUTOIJIA3MYy SHTEPOLIUTOB, a YK€ 3aT€M 3aXBaThIBAIOTCS SHIOIIA3MaTUYECKOU
cetbio [159].

Eme B 1959 romy S. L. Palay and L. J. Karlin (1959) nmoka3anu, 4to
npubIM3UTEeNbHO Yepe3 20 MUHYT Tociie KOPMJICHHS KYKYpy3HBIM MaclioM Ha
IIETOYHOM KaeMKe MEXAY MUKPOBOPCHUHKAMM TOSBISIOTCS MaJCHBKHE >KHUPOBbBIC
Kar. B TO ke BpeMsl KUpPOBBIE YACTHUIBI BUAHBI BHYTPU MUHOIUTOTHYECKHUX
My3bIPbKOB B HEMOCPEJACTBEHHO MpWIEXKAIled TEepMUHAIbHOU ceTtu. B Oonee
MO3JIHUX 00pa3lax Karuik >KUpa OObIYHO OOJBIIE U JIeKaT TIy0Ke B aluKaaIbHOU
uTOIUIa3Me. Bce BHYTPUKIIETOUHBIE )KUPOBBIE KAIlJIM UMEH B TOHKYIO MEMOpaHY,
BHEIIIHSS TOBEPXHOCTh KOTOPOM ObljJa MHOTNA TMOKPhITA TOHKOJIUCIIEPCHBIM
KOMITOHEHTOM IuToI1a3Mbl [198].

B Oonee mno3gHUX MCCIENOBAHUAX JKAPOBBIE Kallld B HaAbSJIEPHOU
LUTOIIa3ME HHTEPOLUTOB OBbUIM MOKa3aHbl yepe3 25-30 MUH mocie KOpMIIEHUS
YKUBOTHBIX. ABTOPBI YTBEPKAAIOT, YTO MPHU OOJBIIOM KOJUYECTBE MOTIIONMIEHHBIX
JUTIAJIOB MOJKET MPOUCXOAUTh WX OTHICTUICHHWE OT IMTO30JbHON IMOBEPXHOCTH
MeMOpansl DOP ¥ HakoIUieHWe B IUTOIUIA3ME B BHUJE ITUTO30JBHBIX JUMUIHBIX
kanenb. [Ipu stoM XM sHTEpoLMTa ONMMUCHIBAKOTCS OBAJIBHOW WJIW YIJIMHEHHOU
dbopMBbI, TOT/Ia KaK JIMIUJIHBIE Kartuid, (GOpMHUpyeMble U3 HEHACBIIICHHBIX KUPHBIX
KHCJIOT, UMEIOT cepuuecky popmy [52].

HccnenoBaHus mociiefHUX JIET TaK)Ke IMOKa3alad, 4TO In VItro U B KJIETKaX
Caco-2 mocie AUOUAHOW HArpy3Kd MPOUCXOAUT HAKOIUIEHUE IIUTO30JIbHBIX

JUTUAHBIX Kamelb T[0J] anmuKalbHOW MeMOpaHOW MHKPOBOPCHUHOK. ABTOPBI
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MPEANOJIOKUIN, YTO JIMIUJHBIE Kallid O00pa3yroTcs MOCcie JTUMUIHOM Harpy3Ku
O4YeHb OBICTPO M B HEMOCPEACTBEHHOW OJIM30CTH OT aNmUKaIbHOW MEMOpaHBI
MUKpPOBOPCHHKHM,  KOTOpass  MOXET  MPEACTaBIATH  COOOH  CTPYKTYpY,
00CCIeYMBAOIIYO [IUTO30JIbHBIN TpaHcopT JunuaoB B DP [80].

Takum 00pa3oMm, Ha CETOMHAIIHHI JEHb HET OMPEACNICHHOW SICHOCTU B
BOIPOCAX MOTJIOIIEHUS JTUMUIOB.

benkoBo-dochomunuanas ctpykrypa XM uMeeT ompenesieHHOE CXOICTBO
CO CTPYKTYypOHl KIETOUHBIX MeMOpaH, 4YTO, T[O-BUJUMOMY, IIO3BOJSIET UM
CPaBHUTEJIBHO JIETKO IEpeMeInaThcsi BAOIAbL MeMOpaH OP u HakamiuBatbes B
nucrepHax KI'. Hucrepusl KI' Obun Tarxke momeueHbl Ha ApoB, 0coOeHHO ux
pacmupennbie KoHIbI [230, 288]. XM BBISABIAIOTCS TaK)KE BHYTPH PaCIIUPEHHBIX
nucrepH KI', Bakyoseil 1 BE3UKyJ KaK YMEPEHHO AJIEKTPOHHO-TUIOTHOE BEIIECTBO
[3].

K. A. 3ydapor u A. 10. FOnnamer (1980), mokasanu, 4To y MOJOBO3PEIBIX
KUBOTHBIX 4epe3 3 4aca Mociie JIMIMUIHON Harpy3Kd KaeMyaTbhle IHTEPOLUTHI
BOPCUHOK TOIIEH KHILIKKM He cojepxar Jjunuisl. I[lpm sTomM Beg Macca
TPAHCTIOPTUPYEMBIX JUMHIOB OKa3bIBAETCs B MEXKJIETOUHOM "
WHTEPCTULIMATBHOM MTPOCTpaHCTBax [4].

[To Mepe sk301MTO3a Macca abCOPOUPOBAHHOTO BEIIECTBA B PACHTUPEHHIX
MEKKIIETOYHOTO MPOCTpaHCTBa yBenununBaeTcs [3]. Y ToJj0aHbIX )KUBOTHBIX IIENb
MEXy OazojlaTepadbHbIMU YaCcTSIMHU IUIA3MAaTHUYECKUX MEMOpaH cocTaBisieT 15-
30 HM, a BO BpeMs TPaHCIIOPTa JIMITKUI0B OHA YBEIMYUBaAeTCs 10 2-3 Mkm [281].

OnHoBpeMeHHO XM TMOCTENEHHO MEPEMEIIAOTCA [0 HANpPaBJICHUIO K
OCHOBaHHUIO  dHTeporuta. Ilpoxoas  dyepe3  OasaibHyro  MeMOpaHy,
TPAHCTIOPTUPYEMbIE JIMIUABI TONAJal0T B OCHOBHOE BEIIECTBO COOCTBEHHOM
IUIACTUHKUA CIM3UCTOM OOOJOYKM TOHKOW KHIIKH, B MPOCTPAHCTBO MEXKAY
KJIETKaM¥, KDOBEHOCHBIMH U IMM(ATUUCCKUMH Kanmuispamu [3, 4].

Tpancropt XM pe3ko yBeauuuBaeT JUMGPOTOK B KUIICYHON BopcuHKe [281,
282]. Tlocne mnosiBneHuss XM B HHTEPCTHUIIMH, TOCICIHUA PACTATHBACTCSA. DTO

BBI3BIBACT COKPAILICHHUE TJIAAKOMBIIICYHBIX KIETOK KUIIIEYHON BopcuHkH [281].
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1. 4. MoJiekyJsipHble MeXaHU3Mbl TPAHCIIOPTA JTUIIUIO0B
U3 MPOCBETA KUIIKH B COOCTBEHHYIO MJIACTUHKY
KHMIIIEYHOH BOPCUHKHU

MosnekynspHble MEXaHU3MbI MOTJIOIICHUS JIMTTUIOB B KUIIEYHOW BOPCHUHKE
aKTUBHO W3ydYaroTcs. BBIIO MOKa3aHO, YTO TIOTJIOMIEHHUE HU3KOMOJICKYJISIPHBIX
JUNUAOB MOXET OCYIIECTBISATHCSA KaK MacCUBHOM nuddys3uel, Tak U aKTUBHBIM
tpancnoprom. O6erdyeHHas qudysus nmpeodaagaeT NMpu HU3KUX KOHIICHTPAITHASIX
YKUPOB, TOrAa Kak mpoctas auddy3us npeodianaeT mpy BRICOKUX KOHIICHTPAITHAIX
[46].

[IleTouHass KaeMKa SHTEPOIHMTA UMEET MEMOpaHHBIC JTUIHU CBSI3BIBAIOIIHC
Oenku, kKoTopbie obiserdarot nornomeHue XK u oOpasoBanHue JIUNIONPOTEHUHOB:
peuenrtop akuentopa CD36 (SR-B2 wim FAT), perienitop akunentopa B1 (SR-B1),
oTHOcsIuMcs k cemericTBy CD36 u Tpancnoptabrii 0eok FA4 (FATP4) [50].

benkoeiii  komriekc CD36/FAT  (GKMpHO-KUCIIOTHAasi  TpaHCIIOKa3a)
CBS3BIBACT PsAJI JIMTAHIOB, BKIouas iuHHOLEnodeuHnble JKK, HaTWBHBIC WM
MO (HUIIMPOBAHHBIC TUTTONPOTEHHBI [89].

benok CD36 MoOeT AeiCTBOBATh KakK JMUIUIHBIA peLenTop, KOTOPbIN
3aIyCKaeT BHYTPUKJICTOYHBIA CHUTHAJ, MPHUBOIANIMA K MOMYJSIUU SKCIPECCHUU
JIMITTAT] CBSI3BIBAOIIMX OCJIKOB, YUACTBYIONIUX B 00pa30BaHUM XMIOMHKpOHA [95].

benok CD36 gyHkunoHupyeT B Ha4aJIbHOU (ha3e MUIleBapeHUs] B MOJIOCTH
pTa, o0ecreuyrnBaeT TPAHCIOPT OJECMHOBOM KHCIOTHI B TOHKOM KHIIKE, a TaKkKe
koopaunupyet BkiodeHus KK u xonecrepuna B TT" [16].

K cemeiictBy OenkoB CD36 oTHOCSTCS Tak Ha3bIBa€MbI€ pPELENTOPHI-
mycopuiukH, (SR)-0eqku MeMOpaH KJIETOYHON MOBEPXHOCTH, KOTOPHIC CBSA3bIBAIOT
XUMHYECKH MOIU(HUIMpoBaHHbIe aunonpoTentsl [144]. Bemok SR-BI cBsi3piBaeT
JIMITOTIPOTENHBI BBICOKOW TUIOTHOCTH OoJjiee addexTuBHO, ueM CD36 [51].

Ontepounut uMmeer Oenku cemeiictBa FABP, cBsaspiBatomue XK u
criocobctBytome miepeHocy KK B ompeneneHHble MeTaOOIMYECKUE CAUTHI.
CemeiictBo FABP Bxitouaer neBsats wieHoB FABP1-9 ¢ paznuunoil kiieTOUHOM

Jokanu3anuend (IMTO30JIbHBIE W CBA3aHHBIE C MEMOpaHON) U  KJIIETOYHBIN
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PETUHOUI-CBS3bIBaIONIMH Oetok [246, 247]. B aHTepoInTax SKCIPECCHPYIOTCS J1Ba
oenka FABP — FABP1 (unu FABP neuenn) u FABP2 (unu FABP kumeuynuka).

FABP1 wurpaer ueHTpaJbHYy!O pPOJb B [J-OKHUCIEHUH, KaK I[OCPEACTBOM
nepeHoca KK, Tak wu omocpenoBaHHOM —mpoiudepaToOpakKTUBUPOBAHHBIM
peuentopoM (PPAR) a-mepokcucoMbl perymnsiuu dKcnpeccun TeHoB [248, 275].
FABP1 cBs3biBaer ase monekysnbl KK 1 pacrno3HaeT mmpokuil CriekTp JUraH/oB,
BKJItOYasl KEIYHbIe coyid, Jm3odochomumuasl, Xxonectepud, ammi-KoA [92].
FABP2 moxer cBs3biBath o110y JKK [246].

I'enetnueckas neixenmss FABP1 mim FABP2 He Biamsger Ha BcachIBaHHe
MUIIEBLIX JIMITAIOB NTa)K€ BO BPEMS XPOHHYECKOTO BCKAPMIIMBAHHS C BBICOKHM
cozepxanueM xupa [128, 208, 255].

benok FATP4, npucyTcTByIOIINI B «IIETOYHOW KAEMKE», TAKKE YYACTBYET
B nontomiennu JKK suteporutamu [102, 243]. Beuto mokaszaHo, 9YTO KOPMIJICHHE
JKUBOTHBIX TOCJTI€ TOJIOJAHUS BbI3BbIBACT YyBenuueHue cojaepxkanus FATP4, u
OBICTpOC TIOTJIOIICHHUE JIUIHJIOB SHTCPOIMTAMH Ha KOHYMKe BopcuHOK [181]. B
Oonee mo3maue mcciaenoBanus FATP4 Ownin maiiaen B OP, m moka3aHo, 9TO €ro
9KCIPECCHS] MOXET CTHMYJMpoBaTh Oojbiiee mornomienue XK [44]. Tem He
MEHee, y Mblled ¢ HyneBbiIM FATP4, mnonydaBmmx pamuoH ¢  BBICOKUM
COJIEp)KaHUEM JKHUpa, HUKAKUX CEPhE3HBIX HW3MEHEHUH (MOTpeOseHue MHUIIH,
yBEJIMYEHUE BeCa, KHUIIECYHBIA XOJECTepWH, aOCcopOLMs TpUTIIHILIEPUHA, TOTEpPS
(dekanibHOTO XKUpa) He HaOmoaanock. llpu 3TOM yBenuyeHUE COAEpKAHMS
tpuarpiriauiepuHoB u KK B sHTeporuTax HaOMI0AaNIOCh TPH UCIOIH30BAHUU
nuet, Ooratbix okupamu [88]. Takum o00pa3oM, HMeEMOIIHMECs JJaHHBIC HE
MOATBEPXKAaI0T HepBocTencHuyto posib FATP4 B mornmomenun TT ¢ numieit [50].

[Ipeanonaraercs, 49ro  MeMOpaHHBIM  OEIKOM,  CIIOCOOCTBYIOIIUM
MOTJIOLIEHHUIO KUPHBIX KUCJIOT, ABIseTCA KaBeoJinH. BoBneuenue CD36 B kaBeobl
MO>KET YCHUJIMBATh MOTJIOIIEHNE KUPHBIX KUCI0T yepe3 CD36.

JlpyruMm  O€nmKoM, CIOCOOCTBYIOIIMM TIOTJIOMICHUIO KUPHBIX KHCJIOT,
apisiercs  ani-KoA-cunrterazal. OToT MeMOpaHHBIM  (EpMEHT aIuIupyer

JKupHbIe KUCTOTHI ¢ Co-A Ha IIUTO30JIbHON CTOPOHE IJIa3MaTHUYECKOM MEeMOpaHbI,
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o cyuecTtBy, 3ajaepxuBas KK B HHUTO301bHOM KOMIApPTMEHTE AJI Pa3IMYHBIX
MeTabonmmyeckux myTeit [199].

HMeroTcst cBelleHUs, YTO MPOIECC TpaHCHOpTa JUMUAOB B DOP MoxkeT ObITh
onocpenoBan coeauHenueMm KK ¢ nuro3onmpHbiMu  Oenkamu FABP. bsuio
noka3zano, 4yro FABP-Genkum nocraBmstor KK &k MemMOpanam ¢ MOMOIIBIO
pa3IMYHBIX MEXaHU3MOB, a UMeHHO myrteM Auddysuu — mans FABP1 u nyrem
CBs3bIBaHUS ¢ MemOpaHou — juist FABP2 [249, 276]. TIpu stom FABP1 moxer
TaK)Ke B3aMMOJEHCTBOBATh C MEMOpaHaMU U, B YaCTHOCTH, ¢ MeMOpanamu OP, rie
OH, Kak TMPEeIoJiaraeTcsi, MOMOTaeT HWHUIIMUPOBATH OOpa30BaHUE JIUMUIHBIX
TPaHCIOPTHBIX My3bIpbKOB [150].

KK nomxHbI OBITh MAKCUMAJIBHO CBSI3aHBI, T.K. UX CBOOO/IHAS ITUTO30JIbHAS
bpakuus MOXET NMPUBECTH K HAPYIICHUIO CTPYKTYPHI KJIETOYHBIX MEMOpaH H
rudenu kierok [250].

Obpasosanue npexunomuxpora. B 9P monormunepunst u XK mosropHo
ATEPUPUIUPYIOTCS ¢ 00pa30BaHUEM TPUINIMLIEPUIOB. PECUHTE3 TpUIIULEPHIOB
MOJKET MPOXOJIUTh ABYMS MYTSAMHU: MOHOAIMITIUIICpUHOBOMY TTyTH (MAG-T1yTh)
u rimiepos-3-pocparHomy (G3P-myts). Bropoit BHOcUT pumepHo 20% B cUHTE3
KHIIEYHOTO Tpurimuepuaa [45].

Tpurnuuepus, CHUHTE3UPOBAHHBIA [0 MOHOAUMITIIUIEPUHOBOMY IIyTH,
ObICTpO  Hcroyb3yeTcs Jjsi  oOpazoBanus XM. OpaHako  TPUTIHLICPU,
oOpazyronuiics uepe3 riauiepoidochaTHpiii MyTh, B OCHOBHOM COXPaHSETCS B
UTO30JI€, a 3aTeM THAPOJU3YEeTCs U mepesTepuuuupyercs ¢ 00pa3oBaHUEM
tpurimiepu B OP u 3aTtem Brimrouaetcs B XM [199].

B o6pazoBanun I[IpeXM y4acTBYIOT HECKOJBKO amOJUIONPOTEUHOB:
anonunonporerH B (apoB), anonmunonporenn Al (apoAl) u anonunonporenn AIV
(apoAlV) [50].

ApoB sBnsercs ocHoBHbIM JunonporenHom B XM. CymectByer naBa
TeHHBIX TpoaykTa apoB (y mbliel u moaeit) — apoB48 u apoB100.

ApoB48 mnpexacrasnsier coboit N-konueBoi 48%-Hblii niepeBoja reHa apoB

(apoB100) wu sBnsieTcss eauHCTBEHHOW (¢Gopmoii apoB, CHHTE3WpOBaHHOW B
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KHIICYHUKE B3POCIIOr0 YelioBeka M Kpbichl [19, 222]. V Mblmeli ¢ HyJIeBbIM
anobekoM-1, a Takxke ¢ reHeTuueckon abnsueit apoB48, nmpoaynupyercs TOIBKO
apoB100, u cekperust TI' B KuIlleYHUKE 3aMeJIAE€TCS, CIEJ0BaTEIbHO, apoB48
perynupyet ¢ dekruBHOCT npoaykuuu TT kumeunuka [11, 53, 294].

B uccnenosannu Kandrick J.S. et al. (2001) 6buto mokazaHo, 4To Ha paHHEH
ctaquu coopku XM apoB100 3naunmtenbHO MeHee dddekTuBeH, yem apoB48
[134]. B okcmepuMeHTE C HOKAayTUPOBAHHBIMH  MBIIIAMH, CIIOCOOHBIMU
npoayuupoBath Toibko apoB100 Oputo mokaszaHo, uto apoB48 sBisiercs Ooiee
MPEANOYTUTENBHBIM OeTKoM s A PexkTuBHOTO 00pazoBanuss XM U MOTJIOMICHHUS
JUTUAOB, ¥ TIPH €r0 OTCYTCTBUHU KHUIIICUHHUK MPOIYIIUPYET MEHBIIIECE KOJIHMUSCTBO
JIMIIOTIPOTENHOB, OOTaThIX TPUTIHIIEPUIOM (BKItodass XM) [294].

ApoAl cunresupyercst B OP, HO cranoBuTcs yacthio XM B KI' [56, 291] u
tpancnoptupyercs uz OP B KI' (kak mpeanonaraercs) B COPII-mpou3BoaHbIX
BE3MKYJIaX OTICIBHO OT TpaHcmoptupyemoro jununga [214]. C-koHieBas 4acThb
apoAl (ocobenno amuHOKUCTOTHI 344-354) BaxkHa mis Bbixoga XM B numoy
[195].

ApoAIV SIBJISIETCS JIMTIUACBS3bIBAIOIIUM OenKoM, KOTOPBIN
IKCIIPECCUPYETCS TMPEUMYIIECTBEHHO B TOHKOW KHIIKE MIIEKONMUTAOMuX. B
suTeponute apoAlV Bximtouaercs B [IpeXM Ha panneii ctaauu 6uorenesza B OP u
CeKpeTupyeTcs Ha noBepxHoctu XM k 6azonarepanbHoil MemOpane. [locne saToro
oonbiias 4dacte apoAlV auccomuupyer ¢ moBepxHOocTH XM u y moaei
UPKYIUPYET MPECUMYIIECTBEHHO B BHAE O€lika, HE COAEpKAIlero JUMUIoB [32,
56]. Ceepxakcmpeccusi apoAlV 3HAYUTETHHO YBEIUYHUBACT BBIXOJ TPUTIIUICPUIA
B 1UMQYy 3a cueT yBenndenus pasmepa XM [195]. Dra poas apoAlV mMoxer ObITH
oOyCJIOBJieHa  €r0  CIOCOOHOCTHIO  CTAOWJIM3UPOBATH  PACHIMPSIONIYIOCS
MOBEPXHOCTh pa3zeNia JUMUA / BOJAa BO BpeMsl CHHTE3a IJMIOMPOTEHWHA, YTO
NPUBOJUT K 00pa30BaHuIO 00Jiee KPYIMHBIX TPUTIHIEpUA-0oraThix XM [22].

Coopka I[IpeXM perynupyercs O€IKOM-IIANEPOHOM MHUKPOCOMAIbHOU
tpurmepuarpanchepasoin (MTTP) [32, 170]. MTTP HaubGonee mMpoKoO

OKCIPECCUPYETCs B DHTEPOLMTAX TOHKOW KHIIKH, remaronmrax [170], B
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kapauomuonurtax [35], mranente [121], cerwarke [219] um snuTenMANBHBIX
KJIETKaX TNPOKCUMAIbHBIX TIOYCYHBIX KaHambleB [82], a Ttakke B CDI-
OTpaHUYCHHBIX T-KJIeTKax, riae HeT apoB u, mo-BUAUMOMY, OTCYTCTBYET SKCIIOPT
aunuaoB [171].

MTTP wmnekonuTaromux B OOJNBIIEH CTENEHU SBISETCS MEPEHOCUYUKOM
TPUTIIMLEPUAOB, YTO OOJIEr4aeT ONTHUMAIbHOE CBOpPAYMBAHUE CHHTE3UPYEMOIO
apoB, HO Takke MEepeHOCUT Apyrue Kiacchl JunuaoB [212]. In vitro, MTTP, mo-
BUJIMMOMY, CIIOCOOCTBYET MEPEHOCY JIUMHIOB IO TPATUCHTY KOHIIEHTPAIMH M
MOKET TEPEHOCUTH JUMUILI M3 OOrarblX JUNHAAMH MEMOpaH B MeMOpaHbI C
HU3KHM cojepskanneM JiununaoB [14, 278, 293]. Oxnako Korjaa MeMOpaHbl UMEIOT
OJIMHAKOBYIO KOHIIEHTPAIMIO KaKOro-JIn00 KOHKpeTHoro yumunaa, tornga MTTP
MOJKET MPOCTO JCUCTBOBATh Kak 00MeHHbIH 0ok [238].

B orcyrctBue MTTP apoB, cBsizanHblii ¢ MeMOpaHOH, AerpagupyeT, 4To
ykas3bpiBaeT Ha 1O, 4T0 MTTP crmocoO¢TByeT ero cOopke B JHMIONPOTEHHBI [122,
213].

MTTP HeobOxoauM U, B MPUCYTCTBUU apoB, qocraroyeH Ayig oOpa3oBaHus U
CEKpeIMu JIMMONMPOTENHOB M TPHUAAET CIOCOOHOCTh CEKPEUUU JIMIHIIOB HE
JUMONPOTEHH-CCKPETUPYIOMUM  KJIeTOuHbIM ~ JinHusaM  [213]. Hamporus,
dapmakosiornueckoe uHruOuposanue MTTP [145] OnokupyeT cekperuio Kak
apoB, Tak u munonporenHoB u3 remarorutoB [20, 139] u suTepormToB [53].

BobiBatonmii rudens kiaetok DFF45-nogoOusbiil sddextop B (CIDEB)
MOXXET CHOCOOCTBOBATh OTJIOKEHHUIO TPHUANMWITIUIIEPUHA BO BpeMs COOpKHU
aunonporenHoB [238]. CIDEB sBasiercss MeMOpaHHO-CBS3aHHBIM — OEJIKOM,
KOTOPBIH JIOKAJIM3YETCs B TUMUAHBIX Karisix, riaaakom OP u KT, edunur CIDEB
CHIKACT CEKPEIUIO TPUAIMITIUIIEPHHA Y MBIIICH, HEe BIIUSS Ha CEKpeIuio apoB,
YTO TPHBOJUT K CEKPEIUU JIMIIONPOTEHHOB C HHU3KHM  COJCpKAaHUEM
TpUALWITJIMIEPUHA MW Mo3BoJsieT mpeanonoxuts, 4to CIDEB  moxer

CIIOCOOCTBOBATh OTJIOXKEHHUIO TPUTIULEPHUIOB BO BpeMsi COOPKH JUMONPOTEUHOB

[48, 49].
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MaxkcumaibHast sxcrpeccuss CIDEB mpoucxoaut B Torei kuiike [47] u ona
IIOHMKAETCSI OT IPOKCUMAJIBHOIO JO JUCTAIBHOIO KOHIA, AHAJIOTMYHO
skcnpeccun apoB u MTTP. [luera ¢ BBICOKMM COAEPKAHUEM KUPOB ITOBBIILIACT
ypoBenb MPHK u 6enka CIDEB B kumeunuke. [edunur CIDEB ymenbmiaer
KOJIMYECTBO TPUIJMLEPUIA, BBIIEIAEMOI0 TOHKOW KHIIKOW, M MPOAYLHUPYET
XUJIOMHUKPOHBI MEHBIIETO pa3Mepa, HO HE BIMSET Ha cexkpeunto apoB48. Kpome
TOr0, €ro HEIOCTATOK NPHUBOAUT K HAKOIUICHHUIO JIMIIAIOB B KHUIICYHUKE IO
CpaBHEHHIO ¢ KOHTpOJIEeM quKoro tuna [238].

B nacrosiee Bpems npeanonaraercs, uto coopka XM B DP npoxonut B Ba
srama. [lepBblid 3Tan BKiItOUaeT nepeBos apoB48 ¢ skcTpy3ueld aMUHOKOHIIEBOU
yactu Oenka B mpocBeT DP. Eciu apoB48 He nunuaupyercsi, OH AerpagupyeT ¢
ydactueMm mnpoteocoM. ApoB48 nmunumupyercs npu nomomu MTTP, uto cmacaer
€ro OT Jerpajaliii U MPUBOAUT K oOpazoBanuio [TpeXM.

MTTP mokeT mepeHOCUTh Junuj u3 MeMOpaHbl OP HemocpeacTBEHHO K
apoB48 nnm MoxkeT cBsA3bIBaTHCS ¢ ap0B48, uTo0BI C1TOCOOCTBOBATH MPABUIBHOMY
CBEPTHIBAHMIO U CBSI3BIBAHUIO C JIUIIAIAMH.

Ha Bropom »stame MTTP omocpeayer IoMOTHUTENBHOE OOBEMHOE
JUIIAIPOBAHUE NEPBUYHOM dacTulbl. Bo Bpemsa storo mnpoumecca apoAlV
n00aBJISIETCSI K TOBEPXHOCTH YACTUIIBI U, TPEINOJIOKHUTEIBHO, UTPAET POJb B
nporecce coopku [32].

COopka TpPEXWJIOMHUKPOHOB HAUMHAETCAs C  TpaHCIOKaluu  apoB,
CUHTE3UPYIOIIMXCA Ha MeMOpaHax IIEpOXOBAaTOr0  HHAOIUIA3MATHYECKOIO
perukyioma, B npocser OP. Ilpuuem yka3aHHOE mepemMeneHue MPOUCXOIUT 0
3aBepieHus Tpancisiuu apoB48 [60, 90]. IIpu stom NHz-koHer apoB coaepxut
o0nacth ans pusndeckoro Baumoaeiicteus ¢ MTTP u npakTuuecku Bce ydyacTKu
N-rmuko3umuposanus [120, 123, 213].

Takum oOpazom, mepBblii d3Tam Ouworenesa I[IpeXM mnpoucxomut ¢
TpaHCMEMOpaHHBIMU ~ (opMamMu  apoB,  mojBepraroMMUCA  YaCTUYHOMY

JMITAIMPOBAHNIO U OPraHU3allMy B IEPBUYHYIO YAaCTHUILy BHYTPH LIepoxoBarou JP

[36].
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Caittel HayanbHOTO OOpa3zoBaHus [IpeXM MoryT momydarb TPUTIIMIIEPHIBI
U3 WX CaiTOB PECHHTE3a MOCPEACTBOM JaTepanbHOi 1udPy3un BHYTpH MeMOpaHbI
OP. BmonHe BeposSITHO, UYTO OMpeIeieHHbIE OETKW MOTYT CIIOCOOCTBOBAThH
natepanbHol quddy3un mununos, Hanpumep Oenok CIDEB, kotopsiii mMoxer
CI0COOCTBOBAThH JIBIKEHUIO TPUTIHUIEPUIOB B MeMOpaHHOM Oucioe. B orianuune
ot Hero MTTP MoxxeT HenmpepbIBHO MEPEHOCUTH TPUTIIULIEPUIbI, YTOOBI YCKOPUTH
nporiecc TunuanpoBanus apoB [238].

B nononnenue x ¢ynkiun manepoHa MTTP cs3eiBaeT (ocdonumumsl,
oOecrieunBas JOMOJIHUTEIbHYIO CTAOWIM3UPYIONIYI0O TOBEPXHOCTh nJisi apoB48
[68, 201, 271] u ycunuBas ero B3aumojericteue ¢ Gpochomumuaamu [213].

B kaxoit-ro momenT [IpeXM otaensitorcs ot MmemOpanbl OP 1 cTaHOBSTCS
IPOCBETHOM vacTuued. DakTophl, YHNPaBIAIOIMIKAE 3TUM IIPOLIECCOM, HE COBCEM
noHATHBI [24, 279]. EcTh ocHOBaHHS IoOJaraTh, YTO pa3Mep MHOJUNENTHIA apoB
OIpeIeNIIeT TUaMeTp JUMONpOTenHOB [83], MOCKOJIbKY B Ka)KJI0M XHJIOMHKDPOHE
UMeeTCs JIUIIb OJHa MoJIeKys1a apoB48 [15].

Monexkynsapnvie mexanusmvl mpancnopma npexuaiomukpona u3z OP
komniexc I'onvooxcu.

[Tocne ob6pazoBanusi B DP He3penbie XUIOMUKPOHBI JOJIKHBI IEPEMECTUTHCS
B KI" [158, 273].

[Ipu sToM, Mo KpaiiHel Mepe, CyIIeCTBYeT ABa (pakTopa, y4yacTBYIOIIUE B
naHHoM Tporiecce: Oenok MTTP, koTopslif mpu JuccolMaliuu BbICBOOOXKIAET
[IpeXM u3z OP wu apoB, koropsiii pacnosznaercss komiiekcom COPII ms
CEJICKTUBHOIO TpaHcnopra. Ha cerogHsmHuil JeHb B JUTEpAType Yallle BCEro
oOcyX/aercsi, Tak Ha3blBaeMasi «BE3UKYJSIpHAsT TUIIOTE3a», COTJACHO KOTOPOH
COPIl-mpousBoaHbICE  TPAHCHOPTHBIE  MY3bIPHKHA  JOCTABISIOT  YaCTHUIIBI
JUNONpPOTEMHAa B  LMC-I'ONBIKK, T/A€ OHU TOJBEPraroTcs JajdbHEHIIeMy
CO3PEBAHUIO MOCPEACTBOM TJIMKO3WIMPOBAHUSI U JAJbHEUIIETO JIUIMHANPOBAHUS
[56].

COPIlI oOpasyercss B pe3yibTare MNOJUMEpU3alUi OEJIKOBBIX YaCTHII:

Sec23p, Sec24p, Secl3p, Sec31p, Sarlp, xoTopsle, coOupascr Ha MmeMOpane OP,
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cBopaurBaioT ee B chepy [27, 57, 58, 96]. IIpu sTOM KOaTOMEp HE TOJIBKO
crocoOCTBYeT 00pa30BaHMUIO TPAHCHOPTEpa Ui MepeHoca JUMHUI0B U3 [UCTEPHBI
OP k kommuekcy ToiblkM, HO Takke  MOXET  KOHIEHTPUPOBATh
TPAHCIOPTHPYEMbIC MOJICKYJIbI, @ BMECTE C HUMH PEICITOPHI M Ipyrue Oeyku [26,
226].

Tpancnoptep hopmMupyroTcst Ha ONpeleNeHHBIX ydacTKaX, calTax BBIXOJa
u3 OP (ERES, «ER exit» caiitel) [56, 146, 147, 158, 190]. Pasmep COPII-
IIPOU3BOJIHBIX BE3WKYJI OTPAaHUYEH M COCTaBisieT oT 55 no 70 HM B auamerpe.
CrnepnoBartenbHO, pa3Mep JaHHOTO TPAaHCIOPTEpa HEAOCTATOUYEH ISl IEPEMEILICHHUS
[MpeXM, cpemuuii muamMeTp KOTopbix okoio 250 um [56].

Bo3nukna rumore3a, B kotopoil Beixon IIpeXM wu3 OP ocymectBiusiercs
CHELMATU3UPOBAHHBIMU  MPEXUIIOMUKPOH-TPAHCHOPTUPYIOIIUMH  BE3UKYJIaMU
(PCTV), xoTopble OTIIMYAIOTCS OT TE€X, YTO YYaCTBYIOT B TpPaHCIOPTE Oeika s
cekpernu [56]. Psan mcciaemoBanuii BRIABHIN OCHOBHBIC XapakTtepuctuku PCTV:
comepkatr apoB48 u apoAlV; He umeror OP-pe3uaeHTHBIX OENKOB; MOTYT
cmuBathesi ¢ KIT m mocraBisite rpy3 B ero muctepHbl [291]. OHm Takxke
oriimuaroTcss oT COPII-ipon3BoHBIX BE3UKYJI, MEPEHOCSIINX OEIO0K, 0 pa3Mepy,
IJIOTHOCTH, COCTaBY M, YTO HauOoJyiee Mopa3uTenbHO, OMoreHesy u3z memopan OP.
Hampumep, eciu B orcyrctBue Sarl obpazoBanue COPII-pon3BogHBIX BE3UKYII
NOJMHOCTBIO  Tmpekpamtaercs, To PCTV mpomomxkaioT QopmupoBaThcsi U
YBEIMYMUBATLCS B HECKOJIbKO pa3 B muamerpe [56]. Ilpu atom noGamieHue
pexoMOuHaHTHOTO Sarl B ucTomieHHyto Sarl cucteMy He TOJIbKO BOCCTaHABIMBAET
obpazoBanue COPII-npou3BOAHBIX BE3UKYJ, HO M BO3BpaIllaeT oOOpa3oBaHUE
IPEXUIOMUKPOH-TPAHCTIOPTUPYIOIIMX BE3UKYJ K YPOBHIO, OOHapyXeHHOMY B
HaTHBHOM 1uTo30ie [160].

B npexusioMuKpoH-TpaHCIIOPTUPYIOUIUX BE3UKYIaX ObLIM OOHAPYKEHBI BCE
siTh KoMonenToB COPII [56], u Obl10 MOKa3aHo, YTO OCIIKK MOKPHITHS XOTSA U HE
HYkHbI J1s1 oOpa3zoBanust PCTV, neooxomumel aiis cnusiausg PCTV ¢ koMiiekcoM

[osbmxu [160].
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Ocraercs HesacHblM, Kak IIpeXM nokungaror wmemOpany OP. Ha
CErOAHSAIIHUMA MOMEHT W3BECTEH €IUHCTBEHHBIM IMOJHOCTHIO  AKTHBHBIN
LUTO30JIbHBIA ~ O€NIOK, KOTOPBIA  MOMKET  CaMOCTOSATEIIbHO TI'€HEpPUpPOBATH
MPEXWIOMHKPOH-TpaHcnopTupytomue Be3ukyiasl — L-FABP (FABPI1). To, uyto
BE3UKYJIbI, MOJYYCHHBIE C MCIOJIb30BAHUEM TOJIbKO pexoMOuHantHoro L-FABP,
npeacrabisiii coboit uctuHHbie PCTV, ObUIO0 MOATBEPXKACHO UX pa3zMepoM (B
cpeneM ~ 250 HM), TIaBy4Yed IUIOTHOCTBIO M HanuuueMm apoB48, apoAlV u
my3bIppKOBOTO MeMOpanHoro 6enka 7 (VAMP7), mapkepubix OenkoB mis PCTV
[42, 150].

WNurtepecno, uto PCTV, renepupyemsie L-FABP, He morim obecnieuutsb
CIUSIHUE W, CJEeNOBaTeNbHO, HEe Moriu goctaBisaith [IpeXM B KI'. ABTOpHI
MPEANOJIOKUIIN, YTO 3TU PE3YNbTAThl MOTYT OBITh CBsI3aHBI ¢ TeM, uTo 3t PCTV
He comepxkaT O6enkoB COPII, koTopsie HEOOXOAUMBI JIsSI CIUSIHUSA ¢ MEMOpaHaMu
KI'. Xors L-FABP, HecoMHEHHO, SBJSE€TCS KIIOUEBBIM OCJIKOM B OHMoreHese
PCTV, npyrue Oenku, BEpOSTHO, TakXke OyAyT UrpaTh BaxHy posib [160].
Hanpuwmep, peuentop CD36 umMeeT CyliecTBEHHOE 3HaueHUE it (hOPMUPOBAHUS
PCTV [12, 41, 43, 208].

Jlnst o6pazoBanust PCTV-nouku He TpeOyercs ryanuntpudocdar (GTP), a
HeoOxomum AT® [56], Torma kak OWoreHe3 BE3UKYJSPHOTO TpaHCHOpTa Oeka
sisiercs  GTP-zaBucumbim  [58]. Tlpm sTOM  pasHOOOpa3Hble WHTHOUTOPHI
MPOTEMHKUHA3bl A ¥ MPOTEMHKHHA3bl B He OKa3bIBAJIM KAKOTO-TUOO0 BIUSHUS Ha
dopmupoBanue PCTV-mouku, a o6paborka xkambpoctHOM C  (0OIIM
UHTHOUTOpOM Bcex u3oopM mpoTrenHkuHazbl C) MpoIEeMOHCTpUpOBaia
3HAUMTEIbHOE CHWXeHue oOpazoBanusi PCTV, uTo mpeamornaraer mx ydacTue
[235].

ITociie Toro, xkak PCTV BBICBOOOXKIAIOTCSI B IIMTO30Jb, OHU JOJKHBI
coemuHUThCA ¢ muc-noocom KI'. Anpecnoe crnmstaue obecrieunBaror SNARE-
oenxu (Soluble N-ethylmaleimide-sensitive fusion protein attachment protein
receptors) [112, 130, 240, 242, 256]. Ouu npeacTaBissiOT co00i MeMOpaHHBIC

Oenku, KoTopble Jokanu3ytoTcs B Tpancroprepe (v-SNARE) u ux poacTBeHHBIX
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neneBbix MeMmOpanHax (t-SNARE). Kaxpaeiii 06enoxk  SNARE  coaepxur
XapakTepHytlo  ~70-aMMHOKHCIOTHYIO  IOCJIEIOBAaTEIbHOCTh,  HA3bIBAEMYIO
motuBoM SNARE [138]. Ucxons u3 mpucyrcTBusi octaTtkoB aprunuHa (R) wmm
rinytamuHa (Q) B ux nentpax, SNARE knaccudummpyrores mub6o kak R-SNARE
(JTokamM30BaHHBIA HAa  BE3WKyJax/TpaHcmoprepax), Jubo kak Q-SNARE
(JTokamM30BaHHBIN Ha 1eaeBbIX MeMOpaHax) [54]. R-SNARE creikyeTcst co cBoei
POJCTBEHHOW MEMOpPaHON-MHILIEHBIO TOCPEJICTBOM CIOKHOTO MEXaHHU3Ma, B
kotopoMm R-SNARE ces3eiBaetcs ¢ Q-SNARE, ¢opmupys crtpykrypy B BHIE
cnupaid. 3a cuer wu3MeHeHus KoHpopmamuu SNARE-Genku npubnmxaror
MeMOpaHbl OpraHesul APYyT K Apyry Ha O4YeHb OJM3KOE PacCcTOSHUE, MPU KOTOPOM
OHHU CHOCOOHBI CIUTHCS Jake MPH OYCHb HU3KUX KOHICHTpanusx Kaibiwms [138,
240, 241, 256]. HUccnenoBanusi mokaszanu, 4ro s ciausaus PCTV ¢ KO
neooxoaum VAMP7 B xauectBe V-SNARE [13, 160, 256, 272].

OcHoBHble MONEKYNIAPHblE 83AUMOOCUCMBUS 8 MEXAHUIMAX MPAHCNOpmMa
XUTOMUKPOHA Yepe3 Komnaekc 1 01604cu.

O wmexanu3zmax Ttpancropra XM uyepe3 KOMIUIEKC [OJIbIKM W3BECTHO
HeMHOTO. [Ipy 3TOM HEMHOTOUYMCIIEHHBIE SKCIEPUMEHTAIBHBIC JTaHHBIE aBTOPHI
CTaparoTcsi OOBSCHUTh HA OCHOBAaHHMM THUIIOTE3 TpaHcropta OenkoB uepe3 KI'. Ha
CETOMHSIIHUN JIeHb OOCYXIAlOTCS JBE OCHOBHBIC MOJENH TpaHcmopTa XM:
«BE3UKYJIIpHas» Mojenb, chopmynupoBanHas G. Palade (1975) [196], u moxens
«co3peBaHusi U mporpeccum» 1uctepH [135]. OgHako yaiie Bcero MpUHUMACTCS,
yro XM Ttpancnoprupyrorcs depe3 KI'  Be3HKyIspHBIMM NEPEHOCUHMKAMM.
PaccMoTpuM OCHOBHBIE MOJIEKYJSpHBIC B3aUMOJEHCTBUSA, 00eCIeUNBAIOIINE
TPAHCIIOPT TPY30BbIX MOJIEKYJI YEPE3 OpraHelTy.

[ucrepusr KI' mpenctaBisioT co0oit 1ByMeMOpaHHbIC JTUMUIHBIC MEIIOYKH
C MHOTOYHCIICHHBIMU MHTETPAIBLHBIMH U ITepUDEPUICCKUMH OCITKAMH.

K co6ctBennpiM Oenkam KI' MOXXHO OTHECTH TIWKO3WITpaHChEpasbl U
TJIMKO3UA3bl, KOTOPhIE B CTPYKTYpE CTOINKH JIOKAJIMU3YIOTCS TOCIEI0BATEIHLHO B
COOTBETCTBUH C 3TallaMy TIUKO3UIUPOBAHUS TPY30BBIX OenkoB. OIHAKO HEJb3s

YETKO OMPEIETUTh 30HY JIOKAJU3AIK TOTo Wik uHOTO (pepmenta B ctpykrype KT,
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T.K. B 3HAYUTEIbHOW CTENEHU MECTA UX PACIIOJIONKEHUS NIEPEKPHIBAIOT APYT ApYyTa
[162].

B ocHoBe Tpancmopra rpy3oBbix Mosiekyn uepe3 KIT mexar SNARE-
MEXaHU3MbI CIUSIHUS-PA3ACIICHUS MeMOpaH. [Tpu MHOTOATalTHOM
BHyTpuKieTouHoM TpaHcniopTe SNARE oOecreunBaioT aapecHoe CilHMsSHHE
MeMOpaH nepeHocuukoB B cTpykrype KI'. [losTomy mpu goctaBke Tpy30BBIX
MOJIEKYJI 10 ONPENEIIEHHOTO KIETOYHOr0 «aJpeca» Ha JOHOPCKOM M aKUENTOPHON
MeMOpaHax JI0JIKHa BCTpETUThCS onpeneiacHHas mapa SNARE-6enkos [117, 169].

Hucrepust KI' ynepxkuBarOTCsS B CTOMOYHOW CTPYKTYpE OpraHEIUIbI
Omaromapss ~ CJIOKHO  OpPraHM30BaHHOMY  MAaTpHKCy, O€IKH  KOTOPOro
B3aUMOJICHCTBYIOT C LIUTOCKEJIETOM KJIETKH. MaTpUKC HE TOJBKO MOAACPKUBACT
CTpYKTypy opraHemibl. Ero Oenkum Takke Y4YacTBYIOT B COpPTHUPOBKE U
00€eCreynBalOT MEXaHU3Mbl TpaHCIOpTa CeKpeTopHbix Mojekyn [31, 182]. K
oenkam Marpukca KI' otHocsarcs: 6enok GM130, 6enku GRASP-65 u GRASP-55
(Golgi ReAssembly Stacking Proteins), 6emok pl15, cemelictBo ['0JbIKUHOB,
JUKAaHTUH U HEKOTOophle Apyrue. PacnosnoxkeHue OEIKOB MaTpUKCa OTHOCUTEIBHO
CTPYKTYp CTOIIKM OpraHesulbl 4YeTKO ompenesieHo. Hampumep, mexay OP u nuc-
komnaptMeHToM KI', a Takke Ha KOHIIEBBIX yYacTKaX MEIHAIbHBIX IHUCTEPH
peructpupyercs GM130 [166, 182, 232]. Takxe Ha IUC-TIOIIOCE OPraHEIIbI
HaxomaT OenxoBbiii  koMmuiekc P115-GM130-GRASP65. B memuannHOM
kommapTMente KI' mokanmsyercst TpancMeMOpanHbIin Oenok ['onbmxun-45 [227].
Ha Tpanc-nomoce pacnomararorcs Oenku [onpmxuH-245 u  T'oasmxuH-97.
Kectkas  nokanuzanus  pana  OenkoB B cTpykrype  KIT momoraer
UJCHTUDUITIPOBATH MEMOPAHBI OPTaHEILTBI.

Bonwimas TpancnopTHas Harpy3ka (popMUpYeET «JIEHTOBUIHYIO» CTPYKTYPY
KI' (;arepanbHO€ COEIMHEHUE HECKOJIBKMX CTOTOK B €IWHBIA KOMILJIEKC), B
oOpa3oBaHUM KOTOPOW MPUHUMAIOT Y4YacTHE OCJIKM MaTpPUKCAa C HEKOTOPHIMHU

OpyruMu Oenkamu opranesuisl [205].
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B cTpykTypax CEeKpeTOpHOTrO MyTH OMUCAHbl TPU THUIA OEIKOB-MIOKPHITUH,
KOTOpbIE, TOJMMEpPU3ysICch Ha MeMmOpaHe, (GOPMHPYIOT >XKeCTKue chepruueckne
KoHCTpyKimu: kinarpunoBoe, COPI u COPII.

Koaromep II (COPII) yyacTByeT B CEKpETOPHOM TpaHCIIOPTE Ha yyacTke JP
— xomiuteke [ompmxu [26, 226]. Koaromep 1 (COPI) Berpedwarotes B mpejeiiax
Bceir cronku KI', HO wame co cropoHsl muc-nontoca. OH coctoutr u3 7
cyosequnuir; y-COP, (-COP, B-COP, 6-COP u 4Pe-COP, pazmepom okoio 100
KWJIOAAJIBTOH Ka)KJasi, IUIOTHO YIAKOBAaHHBIX B €IUHYIO OEJIKOBYIO CTPYKTYpY.
CyObeauHMIIBI CHHTE3UPYIOTCS HE3aBUCUMO APYT OT JIpyra B IIUTO30JI€, a 3aTEM B
TedyeHue 1-2 4yacoB coOuparoTcs B  MaKpOMOJEKYJSIPHYIO  CTPYKTYpY,
(GYHKIIMOHHMPYIOIIYIO KaK eauHoe meoe [152].

KnatpuHoBoe nokpeiTHe 00pasyercs moiMMepu3anueil Oenka KiaTpuHa Ha
[IM u memOpanax tpanc-momoca KI' u sHmocomanmpHbIX TpyOOoukax [245], B
pe3ysibTaTeé 4Yero Ha IOBEPXHOCTH MeMOpaH o00pa3yroTcs KOpP3UHOMOJOOHBIE
CTPYKTYPHI U3 MATH- WIN IECTUYTOJIHbHUKOB.

MonekynsipHble MEXaHU3Mbl 00pa30BaHMS KaliMbl ObUIA MOYTH MOJHOCTHIO
PEKOHCTPYUPOBaHbI, OJHAKO MHOTME acCHEeKThl B3aUMOJICHCTBUS MOJIEKY]I U
KOOPJIMHALIMUA HMX JEATEIbHOCTH OCTAIOTCS €lle CHOPHBIMU. TeM He MeHee, Bce
OeJIKOBBIC TTOKPHITUSI POPMUPYIOTCS TIO OOIIIEH cxeMe.

[Ipouiecc 0Opa3oBaHUsl KaiMbl HAUMHAETCA C MPUCOEAMHEHUS K MEMOpaHe
CIeUAIbHOTO ajantopHoro Oenka. Oto Oenoxk ARF1, nns koatomepa I, wmm
Sarlp, nns xoatomepa II, unu AP-1 (AP-2, AP-3, AP-4) nis kiaTpuHOBOTO
nokpeitus [183]. Dtu Oenku cnocoOHBI 00Pa30BLIBATE KOMILJICKCHI ¢ MOJICKYJIaMU
Makpospramu — TyanuHgudocharom (GDP) u ryanmatpudocharom (GTP).
Kowmrneke agantopoB ¢ ryaHuHTpUGOCHATOM CIOCOOEH JKECTKO MPUCOCTUHSITHCS
K MemOpane. Hanpotus, agantop B ryanuHAR(POCPaTHOCBA3AHHON (hOpME MOKET
CYLIECTBOBATh KaK B IIUTO30JI€, TAK U CBA3aHHBIM C MEMOpaHOM, OJTHAKO 3Ta CBA3b
He ycroWuuBa. Ilociie KecTKOro MPUCOENMHEHHS K MeMOpaHe aJanTopbl
MPUBJIEKAIOT COOCTBEHHO OCJIKOBBIE KOMIUIEKCHI, koatomep I, koatomep II mmum

KJIATPUH, KOTOPhIE€ HAYMHAIOT TMOJMMEPU30BAThCSA, (OPMHUPOBATH KaliMy u
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CBOpauyMBaTh MeMOpaHy B cdepy [67]. AmanTopHbie O€IKH ABIAIOTCS OEIKaMH C
GTP-a3HON aKTUBHOCTBIO, IOATOMY IIOCJIE UX CBSI3bIBAHUS C TYaHUHTpHUPOCHATOM
HAYMHAETCS OYECHb MEIJICHHBIA TUAPONN3, KOTOPBIA MOXKET KaTalu3UpOBaTHCA
JPYTUMHU MOJIEKYJIaMHU, 110 MEpe UX MPUCOCIUHEHUSI, HApUMEp, CyObeAMHUIIAMU
KOaTOMEPOB, TWHAMUHOM M Apyrumu. Ilocne oxoHUaHUS, THAPOIM3a KOMIUIEKC
ajantopa ¢ ryaHuHAU(POoCcHaTOM OTIAEIUTCS OT MEMOPaHBHI.

Ha ceromnsamHuili neHb HE BBI3BIBAET COMHEHHMs KIIIOUEBas POJb OEIKOB
MOKPBITUI B TpaHCIOPTE, KOTOpas, B OCHOBHOM, CBOJUTCS K (OPMHUPOBAHUIO
TPAHCIOPTHBIX TEPEHOCYMKOB Ha Pa3HbIX ATamax CEKPETOPHOTrO TPAHCIOPTA.
OnHako pa3Hble HAyYHBIE IIKOJBI TMO-Pa3HOMY OOBSCHSAIOT MX POJIb B TEX HIIU
WHBIX MOJICNIAX TpaHcmopTa MoJiekyn uepes KT

KitoueByto posib B MOAJAEpNKAHUU MPOCTPAHCTBEHHOM OpraHu3aluy Kak
9K30- TaK ¥ OHAONUTO3HBIX IyTEHl WrpalOT »JJIIEMEHThl IUTOCKENeTa —
MHUKpPOTpyOOukrn u Mukpopuinamentsl [244]. Tlomoxenme KI' B Kkierke
TOJIICP)KUBACTCS TaK JK€ MOTOPHBIMH OClIKaMH: JUHEHHOM [/5], KOTOpBIH
OTBEYAET 3a MepeMelleHrne MeMOpaH K MUHYC-KOHIly MHKpPOTpyOOYeK, u
KAHE3WHOM, JBUTAONIMM MeMOpaHbl K umroc-koHIy [137]. CymiectByer MHeHue,
YTO CHCTEMa MHKPOTPYOOUYEK XOTh M SIBISETCS Ba)XHOW, HO HE EIWHCTBEHHO
HeoOXxoauMoun Il miepeHoca OenkoB u coxpaHeHus cTpyktypol KI'. Tlomararor,
YTO MUKPOTPYOOUKH OOJIEr4aroT NEPeHOC MEMOpaH Ha OOJBIINE PACCTOSIHUS, B TO
BpeMs Kak BO3BpaT pe3ugeHTHhIX OenkoB DP u KI' — mpoiiecc He3aBUCUMBIN OT
MUKPOTPYOOUEK.

OO6cyxxnaeTcst yyacTUe aKTHHA U aKTUHCBSA3BIBAIOLIUXCS OEIKOB (aHKUPUHA,
MHO3WHA, CIEKTPUHA) B CEKPETOpPHOM TpaHcmopTe. [lokazaHa poib aKTHHOBBIX
(GbuIaMEeHTOB B OTIICIIJICHUU BE3UKYJ OT IUCTEpH. Kpome TOro, OHM MOTYT UTPaTh
pOJIb OMOPHOM CTPYKTYpbl, a TaKXe CIOCOOCTBOBaTh MPOCTPAHCTBEHHOMY
KOHTPOJII0 MeMOpanHoro Ttpancrnoprta [174, 205]. Tak OnokupoBaHHe COOpPKH
aKTUHA WHTHOMpPYET TpaHCIopT kak Ha ydactke OP — KI', B mpemenax cromku

[244], Tak 1 Ha O3/IHUX ATanax cekperuu oeakoB [287].
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3akiouenue

Takum 00pa3zoM, ylIbTpAaCTPYKTypHAsl OpraHU3alMs SHTEPOLUUTA KUIIECYHOU
BOPCHUHKH JOCTaTOYHO MOApPOOHO wu3ydeHa. OJHAKO B MHPOBOM JIUTEpAType
MPAKTUYECKU OTCYTCTBYET MOJAPOOHOE ONMKUCAHUE CTPOCHUS KOMILIeKca [ oybxkuy,
B TOM YHCIIE, BO BpEMs TpaHCIOpTa JMNUI0B. He ommcaHo B3anmmonencTBhe
INIAJIKOM W I[IEpOXOBATOM HSHAOINIA3MaTUYECKOW ceTu. OcTaroTcs HEsACHbIC
BOIIPOCHl OPTraHMU3ALMHA MEXKIETOYHBIX KOHTAKTOB: HE ONMCAaHA JEeTaJlbHasd
JOKaM3auusl J1€CMOCOM M NAaJbLEBUIAHBIX KOHTAaKTOB, B TOM YHCIIE€ BO BpEMS
BCACBIBaHUs JINIIUJIOB; HE ICEH XapaKTep KOHTAKTOB SHTEPOLUTOB C JECHIAPUTHBIMU
KJIETKaMH 1 TUM(OLUTAMH, a TAaKKe PsiL IPYTUX.

ITocnenoBarenbHOCT 3TAnloOB TpaHcrnopra XM depe3 3HTEPOLUT KpPBICHI
OIMcaHa psAaoM aBTOpPOB [3, 4, 224]. OnHAKO OCTAETCs HESCHBIM PSIJI BOIIPOCOB.
['me BmepBble mnosBIAOTCA XM, W 1O4YeEMYy psAI aBTOPOB YTBEPKIAET O
HaxO0JICHUH JIMIIUIOB B allMKAJIBHOW 30HE JHTEPOLUTA B INPOLECCE BCACBIBAHUSA
xnpoB? Kak IIpeXM nokupatror OP n kakue MeXaHW3Mbl IO3BOJISIIOT UM IIPOUTH
yepe3 cronky opraneiibl? Kak XM nmocraBisitoTest K 0a3ojiaTepalibHOM 4YacTH
MJ1a3MOJIEMMBI U KOHIIEHTPUPYIOTCS OKOJIO 0a3aibHONM MeMOpaHbI U TPOXOJIST €€?

CoBpemeHHbIE MOJIEKYJIIPHO-OMOJIOTMYECKUE HCCIIETOBAHMS
COCpPEIOTOYEHBI Ha Ipolieccax pecuHTe3a XM u ux Bbixojga u3z OP. Ilpouue
BOIIPOCHI MOJIEKYJISIPHBIX MEXaHHW3MOB TPAHCUMTO3a JMIOUIAOB B DHTEPOLUTE
KUIIEYHOW BOPCHHKM €IIE MPEACTOMT Yy3HaTb. Ha CerogHAmHu MOMEHT
CIIOPHBIMM OCTAIOTCSl JTaHHBIE O IMOIVIOLIEHUM JUNUAOB. [IpakTMuecku HUUEro
HEHU3BECTHO O MexaHm3Max TpaHcnoptra XM uepe3 KI'. OTu n npoune cmexHbie
BOMNPOCHl TPeOYIOT JETaJbHOIO M3YyUYEHUS M YTOUYHEHHS, YTO BaXHO JIs

IIOHMMaHHNA MCXaHU3MOB BCaCbhIBaHUs JIMIINIO0B B KUIISYHOM BOPCHHKC.
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I'maBa 2. MATEPHUAJI U METOAbI UCCJIEAJOBAHUA

YapTpacTpyKTypHbIE MEXAaHM3Mbl BCACBIBAHUS JHUNUIAOB HU3Y4YaIUCh Ha
KpbICcax JMHUU BucTap KOMIUIEKCOM 3JIEKTPOHHO-MHUKPOCKOMUYECKUX METOJIOB.
Pabota Ha kpbicax mpoBojuiachk ¢ coomoaeHuem «lIpaBun npoBenenust paboT ¢
UCIIOJIb30BAaHUEM DJKCIIEPUMEHTANBHBIX JKUBOTHBIX», 1977 1., XeJIbCHHCKOU
nexnapauun 1975 1. B ee pemakuuu ot 2000 r. JKuBoTHBIE mepen BceMH
HKCIIEPUMEHTAMHU COJIEPKATUCh HA CTAHJAPTHON JTa00OpaTOPHOI AMETE B KIETKAX C
JTHOM U3 CETKU. Bce MaHUMyJSIIUU C KMBOTHBIMU MPOBOAMIIUCH MOJT HAPKO30M,
KOTOpbId paccunThiBajica B no03e 0,1 mu Ha 100 r Maccel Tena >KMBOTHOTO W3
KOMOHWHAIIMU TIpernapaToB 30J€THIIa U poMeTapa B cooTHoreHuu 3/1.

JI71s1 u3y4eHus CEKPETOPHOTO MyTH XUIOMUKPOHOB B DHTEPOILIUTE KUIIICUHON
BOPCUHKMA OblIa HCIOJB30BaHA CJEAYIOIIAs HKCIIEPUMEHTAJIbHAs MOJIEIb.
JKUBOTHOMY-JIOHOPY HIIPHUIIOM C MOJUAITWICHOBON TPYOKONW-HAKOHEUHUKOM
BBOAWJIOCHh BHYTpPIXKENYJIO04HO 1,5 M kykypy3Horo macna. Yepes 60 MuH. y
YKUBOTHOTO BCKPBIBAJIACh OpPIOIIHAS MOJOCTh M HIMPUIIOM M3 HAYaJIbHOTO OTJIEJa
TOHKOM KHUIIKU 3a0upayicsi XUMYC. Y KPBICHI-PEIIMITUEHTa TaKXe BCKPBIBAIM
OPIOIIHYIO MOJOCTh U B HAYAJIBHBINA OT/I€NT TOHKON KUIIKH BBOAMIIA XUMYC KPBICHI-
JIOHOpa. i1 uccnemoBaHnsl MCCEKAJICd HAYIbHBIM OTE] TOHKOW KHUIIKA 4Yepes S,
10, 25 u 45 muHyT nocJie BBeIeHUs Xumyca (Tabnauma 1).

JKuBOTHOE BBIBOJUIIUCH U3 SKCIIEPUMEHTA O OKOHYAHUS AEHCTBHS HapKO3a
MOCJI€ BCKPBITUSI TPYAHOM KJIETKH OBICTPHIM BBEJICHMEM HACBIIIEHHOTO PacTBOpa
KaJIis XJIOpUAa BHYTPUCEPACUHO B 103€ 1-2 MMOJIB/KT.

KoHTponbHO# Tpynmoii ctanu 5 KpbIc Tociie 24-4acoBOT0 TOJIOJaHUS.

DJIeKTPOHHASI MUKPOCKOIUS AMOKCHIHBIX CPe30B

OOpa3nel  TKaHu  (pukcupoBauch 2,5%  TIOyTapoBBIM  abACTUIIOM,
pazBenennpiM 0,05 M kakomunatHeiM Oydepom (pH 7,2). 3atem o00pasiisl
OTMBIBAJIUCH KakoaunaTHeIM OydepoMm (pH 7,2) u nmoctpukcupoBamucy 1%-ubim
pactBopom OsO4 B Teuenue 1 yaca. J[amee oOpasiel CHOBa OTMBIBAJIMCH TEM JKE

oydepom u obpadateiBanuck 0,3%-HOM pacTBOpOM THOKapOOTHIpa3ujaa U BHOBb
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¢ukcupoBamuch 0SO4. Ilocne s3toro oOpasubl 00€3BOKUBAIKCH CIUPTaAMU
BOCXOJISIIIEH KOHUEHTpAaMKU. J[Ji1 3TOro OHM MOMEIIATUCh IMOCIEA0BATEILHO B
50%, 70%, 90% u 100%-3Tanomn, mo 10 MUHYT B KaXKIblil pacTBOP C TPEXKPATHOMN
cMmeHoi. Jlamee oOpasupl nmomemannch B cmech 100%-3TaHoNia M AMOKCHIHOU
cmoubl («Epon 812») B mpornopiuu 1:1 Ha 2 yaca mpu KOMHATHOW TeMImepaType.
[locne ynmanmeHuss cmecu  JoOaBisjiach  JMOKCHAHAS  CMOJa,  KOTopas
HOJIMMEPHU30BaJIach B TeueHue 24 gacoB B Tepmoctare npu +60°C [8].
VYabTpaToHKHE Cpe3bl U3TOTOBIIUIMCH HA yIbTpaTOME Ha yiabTpaToMme Leica

Ultracut-UCT (Leica, Germany).

Ta6J'II/II_Ia I - Pacnpez[eneHHe Marcpuajiia HCCICAOBAHUA B COOTBCTCTBHH C

HCIIOJIB30BAaHHBIMHU MCTOAaMH

Koin-Bo MGTOIII;I HCCJIICAOBAaHMNA

Marepuan uccieoBaHusl | KuB. / Bcero
00p. TOM | COM | 9T/3D | M/m

1. KoHTpOJb — ’KUBOTHBIE
nociie 24-4acoBoro 5/10 30 2 3/3 30 65/3

roaoaaHusd

2. DKcepuMEeHTaJIbHAs

rpymmna (kuBotHoe goHop+ | (20+40)| 150 - 3/3 150 | 303/3

PELUIIUEHT):

- 4epe3 5 MwuH. TIOoCTe 5/10 30 i ) 30 60

BBEJCHUS XUMYCa;

- 4yepe3 10 wmuH. mocrne 5/10 30 i i 30 60

BBEJICHUS XUMYCa;

- yepe3 25 MuUH. TOCTe 5/10 30 i 3/3 30 63/3

BBEJCHUS XUMYCa;

- 4yepe3 45 wMuH. mocrne i )

BBEJICHUS XHUMYCa. 5/10 60 60 120
BCETI'O: 25/50 180 2 6/6 180 | 365/6

[Ipumeuanne: TOM — TpaHCMUCCHOHHAS 3JIEKTPOHHAsE MUKpocKomnus; COM —
CKaHUpYIOIIas AMeKTpoHHas Mukpockonusi; DT/3D — snexrponnas Tomorpadus /
TpeXMepHas PEKOHCTPYKIUS JIEKTPOHHO-TOMOTrpaduyeckoro nuodpaxenus; M/m
— MmopdomeTpusi.
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Cnoco0bI yayuyleHusi KOHTpacTa

Jlns ycunenust koutpacta 6enkoBbiX mokpbiTuid (COP 1, COP II u knatpuna)
UCIOJIb30BaIK 1%-pacTBOp TAaHMHOBOM KHUCJIOTHI HNpUroTOBJIEHHBIM Ha 0,05 M
kakomauinatHoM Oydepe (pH 7,0). Hdns storo, mocie obpadotku 1%-pacTBopom
OsQO4, KIETKH OTMBIBATUCH Oy(depoM m 00pabaThIBAIMCh TAHWHOBOW KHCIOTOU
lyac. Ilocne mnpombiBaHusi 00pasnoB OydepoM u Tpuxabl pactBopom PBS
oOpa3ibl 00€3BOKMBAIA B CIUPTAX BOCXOJAIICH KOHIICHTPAIMHA W 3aKIIIOYad B
DIOKCUJIHYIO CMOJIy IO CXEME, NMPUBEACHHOMN BbIIIE. /[ONOJHUTENBHBIM KOHTPACT
MoJIy4aJld IyTeM oOpabOTKH yJIBTPATOHKUX CPE30B PaCTBOPOM ypaHMJIAIETaTa U
uTpara cBuHIa [8].

JIist ynydiieHus: KOHTpacTa JUIMUJ0B MEMOPAH Mbl IPUMEHSUTH MPOTOKOJIBI
OTOTO — meroauka Seligman A.M. (1966), B moaudukanuu [234]. dis sroro
oOpasiel nociie gukcanuu 1%-pactBopom TiyTapoBoro anpiaeruga Ha 0,15 M
pactBope HEPES (pH 7,2) mpomsiBanu 6 pa3z 0,05 M kakonunaTHeiM Oydepom
(pH 7,0). JTanee o6pa3ibl 00padbarsiBaniu cmecbio 2% OsO4 Ha TUCTUWITUPOBAHHON
Boge u 3% deppormanuaom kamms (1:1) wma 0,2 M kakomuiaatHoMm Oydepe,
(pH 7,4) B Teuenune 1 waca Ha JNbay. 3aTeM oOpasiipl mpomMbiBaid 6 pa3 0,05 M
kakoguiaTHeiM Oydepom (pH 7,0) m momemanu Ha 5 MUH. IpU KOMHATHOMU
temmneparype B 0,5 % Tuokapboruaposuna. 3aremM oOpasibl BHOBb MPOMBIBAIH
KakoauiaaTHeIM Oydepom 3 pasza u obpabateiBanu 20 muH. OsOs npu KOMHATHOM
TeMIeparype. 3aTeM TMOBTOPSUIM €IIe OJWH LHWKI: THOKapOOTHIPO3UA —
KakonunaTHeil 0ydep (3 paza) — OsOs. Jlasiee mocine mecTUKpaTHON MPOMBIBKU
PBS npoBoawiu JeruapaTaliyio B CIIUPTaX BOCXOAAIIEH KOHIICHTPAIIUU U 3aJIMBKY
B CMOJTY.

CkaHupywias 3J1eKTPOHHAS MUKPOCKOIUSI

ITonroroBka 00pa3loB I CKAHUPYIOIMIEH AJIEKTPOHHONM MHUKPOCKOTUU
HATUBHBIX TPENapaToB BKIIOYAa CIEAyIONre dTanbl: 20-MUHYTHYIO TPOMBIBKY
npenapatoB B cpeae 199, 30-mMunyTHyt0 00paboTky B 1%-pacTBope TaHWHOBOM
kuciotel Ha 0,1M kakomwnatHoMm Oydepe (pH 7,4), moctdukcanuio B TeUeHUE

gaca B 1%-pactBope OsO4, orMbIBKY B 0,05M kakoamnataom oydepe (pH 7,4) u
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noBTOpHYIO 30-MHHYTHYIO 00paboTKy 1%-TaHuHOBOW KHCIOTON. Bece omepanuu
IIPOBOJMIIMCH IIPU KOMHATHOM TEMIIEpaType.

[locne OTMBIBKM B JUCTHUJUIMPOBAHHON BOJE MperapaThl 00€3BOKMBAIN B
50%, 70%, 90%-sranone, B cMecu d3TaHojia W aneroHa (1:1) u ameToHe mo
10 MUHYT B KaXJIOM M3 PAaCTBOPOB C TpPEXKpaTHOM cMeHoil. Jlamee oOpasiib:
BBICYIIMBAIM B YIJICKHCIOTE MyTEM IMepexoja uepe3 KPUTHYECKYro Touky [8];
MOHTHPOBAJIM HA MPEIMETHBIN CTOJUK; HANBULUIA CIIABOM 30JI0Ta U NaJIaAus B
anmapate Fico-111-B u mnpocmarpuBanu B CKaHUPYIOUIEM 3JIEKTPOHHOM
mukpockorne Hitachi-S-405 AS.

JJIEKTPOHHAas1 TOMOrpadust

MeTton wucnosib30BanCs JUIsl J10Ka3aTeNbCTBA JUCKPETHOCTH MEMOpPaHHBIX
CTPYKTYp 3HJIOIIa3MAaTUYECKOTO PETHKYJIOMa U KoMIUlekca ['onbku (BE3UKYI,
LUCTEPH) WU HAIM4YM MEMOPAHHBIX CBSI3€M MEXAY CTPYKTYpaMHu.

DJeKTpoHHass TOMOrpaMMa ObUla  HM3rOTOBJIEHa Ha  3JIEKTPOHHOM
mukpockonie Tecnai 12 EM (FEI, The Netherlands), o6opynoBanHoM
TOHHOMETPOM W MMEIOIINM ycKopsrotee Hanpsokenue 120 kV. s atoro 150-
200 HM cepuitHbIE STIOHOBBIE CPE3bl BBICYIITUBAIUCH MPU KOMHATHOUN TeMIiepaType
M OKpalIMBAJIINCh IPOTEMHOM-A, KOHBIOTMPOBaHHBIM ¢ 10 HM 3070TOM,
pa3BEEHHbBIM Ha AUCTWUIMpoBaHHON Boae (1:25). IlmoTHOCT, MeueHus
cocTaBisa MeHee 1-2 rpanyn Ha 100 M2 ['paHyIIBI 3010Ta HYKHBI KOMIILIOTEPY
MHUKpPOCKOIIa B KayecTBE MapKepa OJHOTO M TOTO € ydacTka cpe3a IpHu
COIOCTABJICHUU W OpHEHTauuu u3oOpaxeHuil. Ilocme okpacku M BbICYHIMBaHUS
CEeTKa MoMeIIalIach B JIep KaTeslb TOHMOMETpPa 3JIEKTPOHHOTO MUKPOCKOTIA.

Jns  Havanma  cpe3  mpeaBapuTenbHO  obmydancs  3-5  MHHYT
ne(OKyCHpPOBaHHBIM TTyYKOM JJICKTPOHOB 0e3 aumadparmpl ISl MOJTyUYEHUS
PaBHOMEPHOTrO cpe3a OJAMHAKOBOW TonmuHbl. [locie «orxura» cpesza nuadparmy
yCTaHABJIMBAJIM Ha OOBIYHOE MECTO M HAYMHAIM OTOMPATh BEPTUKAIBHBIC CPE3bl
KI' ¢ ucnosb3oBaHMEM CHCTEMBI IMOMCKA B COCTaBe MporpaMMmbl «AnalySisy.

N3o6paxxenne otOupanock npu ysenudeHun 26000 wmam 43000. Ilocne BbIOOpa
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CTPYKTYpbl HauMHaIM 3a00p u300pakeHui, HaumHas ¢ yriaa +180° nmo —180°
HaKJIOHA TOHUOMETpA Yepe3 Kakaelid rpaayc (361 m3obpaxeHue).

[Tocne 3abopa BCIO cepui0 HM300paXEHUH TIMOCHUIAIM HAa KOMITBIOTED C
nporpaMmoii g noctpoeHuss TomorpamMm IMOD. KommberoTep, HUCHONIb3ys
IpaHyidbl 30J0Ta, BBICTpPAWBaJ Cpe3bl MO OJHOM ocu. Jlanmee BBIYUCIIACH
ONTUYECKAs MJIOTHOCTh JJIsl KaXJOM €IMHULIBI 00bEMa M3y4aeMOM CTPYKTYphI, U
CTPOWJINCh CEPUMHBIE BUPTYaJbHBIE Cpe3bl TOMMMHOW 2-3 HM. Ha mx ocHoBe
nporpamma IMOD crpouna TpexmepHOe H300paK€HHE H3Y4aeMOMl CTPYKTYpPBHI.
dopmanibHOE paspelieHue MeToja cocTtaBuio 4-6 HM, a IpH  aHajIu3e
BUPTYAJIbHBIX CEPUIHBIX Cpe30B BIOJb Bcex Tpex ocedl (XYZ) ypoBeHb
paspemienus gocturai a0 2-3 HM. Jls KaXJoi rpynibl )KUBOTHBIX OLICHUBAJINUCH,
KaK MUHUMYM, TPU TOMOTPaMMBI.

IHonyyeHue cepuiHbIX H300PAKEHUH C MOMOIUBLIO AETEKTOpPAa 00paTHO
PacCeIHHbIX JJICKTPOHOB B CKAHHPYKOIIEM 3JIEKTPOHHOM MHKPOCKOIIE,
000py10BAHHOM BHYTPEHHUM YJIbTPATOMOM.

CepuiiHble yJIbTPATOHKHE CpeAbl ObUIM MOJYYEHBI METOJIOM, OMHCAHHBIM
H. C. Kalson et al. (2011), na ckaHupyroImiem 3JeKTpOHHOM MHKpockore «Quanta
250» (FEI), o6opynoBanHom yinbrpatoMoM «GATAN) (yckopstoliee HanpssKeHHUe
B 1,5 xB) [239].

Jlnis aToro oOpasiibl TKAaHM BOPCUHKH TOHKOW KHUIIKHA (QuKcupoBaiuch 2%-
TIIyTapoOBbIM allbJeruaoM, oTMbIBaiIuCh 0,05 M kakonunatHeiM Oydepom (pH 7,2)
U nocthukcupoBanuch B 1%-peayuuposannom OsO, [8]. 3arem oOpasisl CHOBa
OTMBIBAJIUCh,  oOpabaTeiBamuch B  0,3%-pacTBOope  THOKapOOruapasuia,
OTMBIBAJIMNCh U BHOBb MOCTPUKCUPOBATUCH peayuupoBaHHaM OsOy 1S yCHIIeHUs
KOHTpacTa MeMOpaH. J[lamee mwia mpoueaypa OO€3BOXKUBAHUS —CIUPTAMU
BOCXO/ISIIIICH KOHIICHTPAIIUK U 3aKITIOUYCHHUS B AIMOKCUIHYIO cMouty [8].

OOpasen;r TKaHM, 3aTUTBIA B SMOKCHUIHYIO CMOJIY, MOHTHPOBAICA Ha
Jiep)KareNe CKaHMPYIOUIEro AJIEKTPOHHOIO MHMKPOCKOINAa U 3aTauyuBaliCsl Ha
yIbTpaToMe. 3aTeM IMOBEPXHOCTh 00pa3la HambUIAach CJIOEM 30JI0Ta, H

Jepkarenb momemancs B Mukpockom. OOpasen;  CKaHUPOBAICS — ITyYKOM
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AJIIEKTPOHOB M TOJI MOBEPXHOCTHIO 00pas3na (0T oOpaTHOrO paccesHHs TOHKUM
CIIOEM D3JICKTPOHOB) JACTEKTOP OOpAaTHO pPACCESHHBIX 3JIEKTPOHOB (HOPMHUPOBAT
uzoopaxenue. M3o0pakeHue (UKCUPOBAIOCH TOCTE KaXJAOro CpPEe3aHusi Cios
cMoubl ToNmuHOM B 70 HM. B pe3ynbraTe momyuyunack cepusi Cpe3oB, KOTOPHIE
MO3BOJIWIHM MOJYYUTh MOCIOWHOE 3AJIEKTPOHHO-MUKPOCKONMYECKOE M300paKEHUE
KHUILIIEYHOW BOPCUHKM JUIsl U3ydeHUs (DOPMBI U JIOKATU3AIMKU KIETOK U JAPYTHUX
CTPYKTYP KHUIIEUHON BOPCUHKH, UX TOMOTPa(pUH U B3aUMOCBSI3€EHl.

Mopdomerpuyecknii aHaIHU3

JUis OOBEKTUBHOM HWHTEpIpeTalMi JaHHBIX, MOJYYEHHBIX C MOMOUIbIO
ANEKTPOHHOM MHUKPOCKOIIMU, a TAaKXe J/JI1 OLUEHKH CTENEHU BBIPAKEHHOCTU
VU3MEHEHUH, MPOUCXOJAIINX B KUIIEYHON BOPCHUHKE TOHKOW KHUIIKU M OTIEIbHBIX
€e CTPYKTypax B IIPOLIECCE BCACBIBAHUS JIUIIAIOB, IPOU3BOJWIA KOJIMYECTBEHHYIO
OLICHKY psiJa ITapaMeTPOB.

M3Mepsnu [vHY W TOJUIMHY KHWILIEYHOM BOPCUHKM TOHKOW KHIIKH;
JMaMETP U BBICOTY MUKPOBOPCUHKH SHTEPOLMTA; TOJIIMHY O0a3anbHOM MEeMOpaHbI
KMIIIEYHOTO SMUTENUS U JUAMETP €€ T0P.

B cocraBe kieTok COOCTBEHHOW TUTACTMHKH KHUIIIEYHONW BOPCHUHKH
UACHTU(GULUMPOBAIM JEHAPUTHBIE KJIETKA MO CJIEAYIOIIUM MpU3HAKAM: KJIETKa
OBAJILHOU, OKPYTJIONW WUIIU MHOTOYTOJIbHOU (POPMBI, IMEET OTPOCTKH; IIUTOTIa3Ma
KJIETKH CBETJIasA, SAPO CMEIIEHO OT LIEHTPA; KJIETKa OOBIYHO pacroyiaraercs moj
DIIUTENMAIBHBIM CIIOEM, €€ OTPOCTKM MPOHUKAIOT MEXKIY DHTEPOLUTAMH, HACTO
o0pa3ysi ¢ HUMH IUIOTHBIH KOHTakT [63, 64, 217, 220]. Usmepsnau auamerp
JEHJIPUTHBIX KJIETOK, a TAK)KE JJIMHY IJIOTHOTO KOHTAKTa C SJHTEPOLIUTOM.

Mopdonoruueckass wuaeHtudukanus crpykryp K[ mpoBoawmnace 1o
CIIEYIOIIUM KPUTEPHUSIM: BE3UKYJIO-TyOyJsipHble MeMOpaHbl, PacloIOXKEHHbIE
PSIOM C LMC-TIONIOCOM CTONKHU [ onibmku, comepsxkamue B cBoeM coctaBe COPI-
u/umn  COPII-npousBoiHble MOYKH, OMNPEACNSINCh KaK BE3UKYJIO-TyOyJIspHBIC
KJ1acTepbl (IPOMEKYTOUHBI KOMIApPTMEHT); TYOYJISpHO-CETYaThle CIUIETEHUS,
MPUJIEKAIIUE TPAHC-CTOPOHE CTOIKH, ONPEAEIAEMON MO HAIMYUIO KIATPUHOBBIX

MOYEK (TPaHC-CETh).
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TyOynspHbIMU MBI cCUUTaNM MEMOpaHHbIE TPO(QUIN B CTPYKTYpE KOMILJIEKCA
['onpmku, HaxondlIuecs JaTepallbHO Ha YPOBHE LIMCTEPH CTONKKM W UMEIOIINE
OTHOIIIEHWE JIUHBI K mupuHe >1,5. KpyrneiMu Mbl cuutamm meMmOpaHHbBIE
npoduan mpaBWIbHON OKpyryioil opmbl. Ecnu Takue npoduin umenu auameTp
50-65 HM, M BJIEKTPOHHOIUIOTHYIO KaiiMy, To oHHU ompenemsuiuch kak COPI-
IPOM3BOJIHBIC, T.¢. 00pa3zoBaHHbIe ¢ ToMomblo COPI-okarimnenus [194].

Onpenensanu konuuecTBO HUcTepH B cronke KI, mumpuHy uucrepHsl B
LHEHTPAJIbHON YacCTH, IIMPUHY PACIIMPEHUN JATEPATBHOIO Kpasl CTOINKH, AUAMETP
Be3UKYJSApHbIX CTpYKTYp KI', OTHOCHTENbHOE KONIMYECTBO MEMOpaH BE3UKYIL,
TyOyn u uucrepH KI'.

OTHOCUTENBHOE KOJIMYECTBO CTPYKTYP Pa3HbIX MOp(dosornyeckux Gopm Ko
BceM MeMOpanaM KI' paccunTsiBanoch myTeM Mojcuera TOUeK MepeceueHust mocie
HajoxxeHuss Mopdomerpudeckord cetku (100 x 100 HM) Ha aHaTU3UpyeMbIe
CTPYKTYpPBI KOMIUTEKCA [ 0JIbIKY.

W3mepsin  JUIMHY MEXKJIETOYHBIX KOHTAaKTOB JHTEPOLUTA: IUIOTHOTO,
IeJIEBOT0, MPOMEKYTOUHOTO, MAJIbLIEBUAHOTO U JlecMocoMmbl. Kpome Toro, ams
NaJIbLEBUIHBIX KOHTAKTOB ONPEIECISUIM JJIMHY KOHTAaKTHPYIOUIEH NOBEPXHOCTH
MEXKIy 2-Ms JAECMOCOMAaMH, [JIMHY NpoeKuuu KoHTakta Ha bBJIIIM, mmpuny
KOHTAKTHOM LIEJH.

[ToacunThIBaIM KOJMYECTBO JUNUAHBIX YAaCTULl BO BpEMs TPaHCIMTO3a B
npocsere ['OP, nuc- u tpanc-uucrepH KI', MeXKOHTaKTHOU 1IENH.

B Hamewm uccienoBaHum Kaxaas BeJIMYKMHA ObUIA MOJydyeHa IOCJe aHaau3a
KaK MUHUMYM 30 3JIEKTPOHHO-MUKPOCKOITMYECKUX U300paKEHUH.

CraTrucruyeckuii aHaIu3

CrarucThyeckuii  aHalM3 MPOBOAMJICA TMPU  IOMOIIM  MNPOrPaMMBbI
Statistica 6.0. [ xaxaoro mnapaMeTpa BBIYHCISUIA CPEAHHE 3HAYCHHS, HX
CTaHJApPTHbIE OIIMOKM M JIOBEPUTEIbHBbIE WHTEPBAJbI, IUCIEPCHU, CpEIHEee
KBaIpaTUYECKOE OTKJIOHEHHE U pa3Max BapbUpOBaHMs TMpu3HaKa. OUeHKy
JIOCTOBEPHOCTH PA3IMUUA MEXKIY IOKA3aTeIsIMU Pa3HBIX HKCIEPUMEHTAIbHBIX

IPYIII OCYIIECTBISIN € TOMOINIBIO t-kpuTepusi CThIO/ICHTA.
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I'maa 3. PE3YJIbTATbBI UCCJEJOBAHUA

3. 1. CTpoeHune KMIIeYHOH BOPCMHKH HAYAJIbHOI0 OT/1€JI1a TOHKOM
KHIIKH KPBICHI OCJ€e 24-4acoBOr0 roJi0aHus

Kumeunsie BOpPCHHKM HA4YaJlbHOTO OTJENa TOHKONW KHUIIKU KPBICHI
MPEACTABIAIOT COOON BBHICTYNAIOIIME B POCBET KUIIKHU, YIUIOUIEHHBIE CTPYKTYPHI,
dbopMy KOTOpPBIX MOXKHO OXapaKTEepPH30BaTh KaK JIMCTOBHAHYIO (pUCYHOK la).
Mexy KUIIEYHBIMA BOPCHHKAMHU JIOKAJIU3YIOTCS YTIyOJICHUS, MOJY4YUBIINE
Ha3BaHue Kpunt. CpenHss JnHa BOpCUHKU 675443 mxm, mmpuna — 110+£32 mxm.
Penbedp TmOBEpXHOCTHM BOPCHMHOK HEPOBHBIM W  COOTBETCTBYET TIpyIIam
AMUTEIHAIIBHBIX KIETOK (PUCYHOK 1a).

BopcuHka  TOKpbITa  OJHOCIOMHBIM  MPU3MATUYECKUM  3IUTEIUEM,
MOJABJISIIONIAS YacTh KJIETOK KOTOPOro MPEACTaBlI€HA KaeM4aTbiM 3HTEPOLIMTOM
(BcachIBaIOIIMMHU  KJIETKaMU CO IMIETOYHOM Kaemkoil). Cpeaum HHUX Takxke
BCTpPEYAIOTCs OOKATOBHIHBIE KIETKU, TUM(POIUTHI U Ap. (PUCYHOK 1B).

bazanpHas yacTh IUIA3MOJIEMMBI SHTEPOLIMTA pACIONAraeTcs Ha Cloe
XOpOIIO BBIPAKEHHOW 0a3zalibHONM MeMOpaHbl, KOTOpas HMMEET PEIKHUE TOpPbhI
auametpoM oT 500 M g0 2 mkMm. OHa mnpenctaBiasieT coOOM TMOJIOCKY
bubpHIIIpHOTO MaTepuasa CpelHel IMEKTPOHHOMN TNIOTHOCTH mupuHOoi 30-50 HM
(pucyHok 10).

B HenocpencTBeHHOW OAM30CTH OT 0Oa3anbHOW MeMOpaHbl OOHAPYKEHBI
«CBETJbIe» KIEeTKu 10 20 MKM JHaMEeTpOM C HEPOBHBIMM KOHTYpaMH U
MHO>KECTBOM IMTOIJIA3MATHUYECKUX OTPOCTKOB. KIIETKM MMEIOT OTHOCHTENIBHO
TOMOT€HHBIA MATPUKC HU3KOM JJEKTPOHHOM IUIOTHOCTH. B  muroruasme
PETUCTPUPYIOTCS HEMHOTOUYMCIIEHHBIE OpraHe/Ulbl: CBOOOJHBIE PUOOCOMBI,
MUTOXOHJPHUH, LUCTEPHBI TJIAJAKOTO  JHAOIIA3MATUYECKOrO0  PETUKYIIOMA.
@unaMeHTO3HbIE CTPYKTYPBI B KJIETKE TPAKTUUYECKU HE BBISBIISIOTCS.

«CBetanpie» KJIETKH o0pa3yloT C SHTEPOLMTaMH IUIOTHbIE COeluHeHusd. B
30HE€ COEJUHEHUS HAPYXKHbIE IUIOTHBbIC IUIACTUHKHU IIJIa3MOJIEMMbI COCEIHMX

KJIIETOK Ha yyacTke mupuHOM B cpegHeM 0,4 MKM MMEIOT MecTa CIUSIHUS, B
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00JIaCTH KOTOPBIX BBISIBISIIOTCA TOHKHE (uinamMeHThl. OTPOCTKU «CBETIBIX» KIETOK
PETHCTPUPYIOTCS B OTBEPCTHIX MOP Oa3aibHON MeMOpaHbl (PUCYHOK 10).

[lon OGazampHON MeMOpaHOW pacroiaraeTcsi BOJIOKHUCTasi CTPYKTypa
COOCTBEHHOW IJIACTUHKHU CIM3UCTOM OOOJOYKM TOHKOM KHIIKU C Pa3IMYHBIMU
KJIETKaMH, B KOTOPYIO MOTPYKEHBI TMM(PaTHIECKUE U KPOBEHOCHBIE MUKPOCOCY b
(pucyHok 1B). KpoBeHOCHBIE MHKPOCOCY/BI PACIOJIararTCs HEMOCPEICTBCHHO
noJi 6a3anbHONH MeMOpaHO#l (pUCYHOK 1B) M, B COBOKYIMHOCTH, (DOPMHUPYIOT CETh,
COOTBETCTBYIOINIYIO ()OpME BOPCUHKH.

Cpenu KIETOYHBIX 3JIEMEHTOB CTPOMBI KHILIEYHONH BOPCHHKH Yallle BCETO
oTMeqauch Makpodaru, 6a30huiibl, TUMQOLUTHI, a TaKXKe JACHAPUTHBIC KIIETKH,
MUOGUOPOOIACTBI, TTIAKHAE MBIIIICUHBIE KICTKH.

JIumbarryueckne Kanmwuisipbl, B KOJUYEeCTBE 1-3, pacroiokeHbl, Kak
MpaBUjIO, B IEHTPAIBHONW YacTH BOPCHHKH W, Y KHBOTHBIX Mociie 24-9acoBOTO
rOJIOJIaHUs, IPEACTABICHBI Y3KUMHU I1IEJIEBUTHBIMU 00pa30BaHUSIMH.

KaeMuaTplii 3HTEPOLMT ANMKAJIBHOW 4YacTH BOPCHHKM TOHKOM KHILIKH
MPEACTABIICH MOJSPU30BAHHON KJIETKOM Mpu3MaTudyeckod ¢opmbl. Berpewarores
KJIETKA C YETBIPbMSI U CEMbBIO «TpaHSIMU». ANUKalbHasg YacTh IIa3MOJIEMMBbI
oOpa3yeT MHUKPOBOPCHUHKH, KOTOpPbhie (OPMUPYIOT IIETOYHYI0 KAaeMKy C
TIMKOKAJIIMKCOM, AJIEKTPOHHAS IUIOTHOCTh KOTOPOTO MOBBIIIAETCS Y OCHOBAHUS
MHUKPOBOPCUHKH (pHCYHOK 2a). /lnamMeTp MHKpPOBOPCHHKH COCTaBHJI B CPEIHEM
84+0,8 um, BeicoTa 1235423 HM.

Ha anukanpHOM 4acTH IUIa3MOJIEMMBbI B OCHOBAaHMU IIETOYHOM Ka€MKHU MBbI
HE OOHApYXWJIM OKaWMJIGHHBIX $IMOK, a TakKKe BE3UKYJ, OKalWMJICHHBIX
KJIATPUHOM, WUJIM KaBEOCOM (PHUCYHOK 2a).

B muromnnasme sHTEpouHMTa HENMOCPEACTBEHHO MOJ IIETOYHOW KAaeMKOH
dbopmupyetcs 30Ha mupuHoit 200-300 HM cpeaHel 2JIeKTPOHHOM TJIOTHOCTU U, HE

coziepkainas MeMOpaHHBIX MPouieii, B TOM YUCJIE€ OKPYIJIOH (OpMbI (PUCYHOK

26).
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Pucynox 1 — Bopcunka HauapHOTO OT/EIa TOHKON KHIIKH KPBICHI TIociie 24-
94acOBOT'0O TOJIOAAHMS: @ — MUKPOBOPCHUHKA JTUCTOBUIHON popmbl. COM. bap
50 MKkM; 6 — oTpoCTOK eHapuTHOM KieTkH (/) B mope 6a3anbHOM MemOpansl (1),
KK — kpoBeHocHsiil kanuiuisip. TOM. bap 200 HM; B — IeHTpaJibHas 30HA
BopcuHku: [| — nenaputHas kietka, K — kpoBeHOCHBIN Kamusip, JId —

mumbonut, M — makpodar. TEM. Bap 300 am.
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Huwxe »5TOl 30HBI pACHOJIOKEH YYACTOK LMTOIUIA3Mbl, COJEpKALIUN
¢unaMeHTo3HBIM MaTepuai, (HOPMHUPYIOIIUNA anmUKadbHOE CIUIETEHHE (PUCYHOK
6a). B Hero BruieTaroTCs TOHKME (DUIIAMEHTHI, OKPY>KAIOIIUE TUIOTHBI KOHTAKT,
pacrnoioKeHHbIM Ha 0a3ojaTepaIbHON YacTH TUIa3MOJIEMMbI Cpa3y MOJI IETOYHOU
KaeMKOH, a TaK)Ke aKTHHOBBIC (DUITAMEHTHI [ICHTPAIbHON YaCTH MUKPOBOPCHHOK.

B nuromniazme anukaibHOM 4acTH KJIETKH PacloJIOKEeHbl MPOoGUIU IiIaaKou
M I[IEpOXOBAaTOM  JHIOIUIA3MATUYECKOM  CeTH. Mexay HUMH  JIekKar
MHOTOYHUCJICHHBIC MUTOXOHPHH OBAJTLHOUN WIIM OKPYTI0H POpMBI (pUCYHOK 3a).

[Tpodunu IIEPOX0BATOIO SHAOIIA3MATHYECKOTO pPETUKYIIOMa
HEMHOTOYHUCIIEHHbI. OHM JIOKAIU3YIOTCs BOJIU3U CTOMOK KOMILIeKca ["oabmKku Kak
CO CTOpPOHBI IIUC-, TaK U TpaHC-MoJoca opraHesl. OOHapyXeHbl 00s1acTh
omuskoit jokanuzanuu mucrepH IIIOP ¢ uucrepnoit KI, a Takke 30HBI
MeMOpaHHBIX COEIMHEHHI CTPYKTYp 3TUX opraHeil. MemOpana uucrepHsl HIOP
co CTOpOHBI Luc-noyroca KI' He MMeeT 3JIEKTPOHHO-IUIOTHBIX YYacTKOB, a TaKKe
MeMOpaHHBIX MIOYEK C AIEKTPOHHO-TIJIOTHOM KaiiMOM (pUCYHOK 4a, 40).

[Ipopunu ['DP B sHTEpOLMTE KHUILIEYHON BOPCUHKM MHOTOYHMCIECHHbI. OHU
JOKAJIU3yKOTCS B alMKaJIbHOW 4YacTH KJIETKH, 4YacTb M3 HUX JIEKHAT B
HernocpeacTBeHHOoM 6sm30cTH OT BJITIM oko010 «1osicay aare3uBHBIX COCAMHEHUH.
[IpocBer nucrepn I'DP cpemHelr SIEKTPOHHOW IIOTHOCTH 0€3 BKIFOUCHUU
(pucynok 3a, 30).

SAnpo sHTEpOLUMTa OTHOCUTENILHO KPYITHOE, OBAJILHON MM OKPYIJIONH (POPMBI
C XOpOLIO BBIPAXEHHBIMM 30HaMU JdyxpomaTuHa. OHO pPacHoJIOKEHO B
LHEHTPAJIbHOM 00JIACTM  KJIETKM, ONWKe K aluKaJIbHOW TMOBEPXHOCTU U
OpPUEHTHUPOBAaHHO  BJIOJb  JUIMHHOM  OCH  KIIETKH. ['erepoxpomaTuH
CKOHIIEHTPHUPOBAH 10 niepudepun sjpa, moj KapuosieMMmon (pucyHox 30).

Crpyxktypsl KI' pacnionoxensl Haa sapoM. JIuHHAs OCh CTONKH OpraHeuIbl
opuentupoBaHa Baoab bJIIIM (pucynok 306). OpraHemna mnpeacTaBieHa
JUCKPETHBIMH CTOIKAaMHU, T. €. He 00pa3yloIIMMH JICHTOBUIHON CTPYKTYpBI 32 CUET

TYOYJISIPHBIX COCAMHEHUHHIA IUCTEPH COCEHUX CTOMOK (PUCYHOK 4a).
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PucyHnok 2 — AnmkanpHasi 4acTh IUIa3MOJIEMMBI SHTEPOIIUTA KPbICHI TIocie 24-
4acoOBOTO rOJIOAAHUS: @ — MUKPOBOPCUHKH ¢ Tinkokanukcom (I'JI). TEM.
Bbap 150 uM; 6 — anuKanbHAast YaCTh LIUTOIUIA3Mbl O€3 HHBArMHAIUN U OKPYTJIBIX

npodureit. TEM. bap 100 am.
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Kaxnasa cromka coctoutr u3 5-6 ymionieHHbIX IucTepH. CpeaHee 4HCIIO
LHUCTEPH B cTonke - 5,6+1,2. Jluamerp uucrepH B cpeaaeM 600+24 HM, mmprHa B
cpenneid yactu — 36+2,1 um. lllupuHa pacmmpeHuil JaTepaJibHOrO Kpas CTOIKH
cocraBuia 65+2,1 uM (tabmnwuma 2).

Ha memouku cronku KI' nmpuxoautces 60+2,5% memOpan opranesisl. [uc-
CeTh HE BbIpAKEHA WIM cnabo BbpakeHa. llepBas muc-LUCTepHA UMeEET
nepdopanuu (pucyHok Sa, 56). MenuanbHble HUCTEPHBI ¢ IepPOoparusIiMi UMEIOT
JaTepalibHble pacupenus mpocseta nucrtepH 50-80 M. Ha oTaenbHbIX cpesax, a
Takke Ha DM-ToMorpammax Oblia OOHapyskeHa OJM3Kas JIOKaIU3alus IIUCTEPHBI
ISP ¢ mocnenuent menuanbHoi nuctepHout KI' (pucynok 40, Sa).

Tpanc-nontoc KI' npencrabiien nep@opupoBaHHOM ITUCTEPHOW M TpaHC-
ceTbio. TpaHC-ceTh MOKET UMETh OJM3KYIO0 aCCOLMALMIO C TPAHC-LIUCTEPHON WU
pacnoJiaraTbCsi Ha HEKOTOPOM paccTosiHuu oT Hee. Ha TyOynspubie cTpykTypbl KI'
npuxoautcs B cpeaHeM 30+2,5% meMOpaH opraHesIbl.

B nemocpeactBennoir Omuzoctu ot uucrepd KIT Ha 1umc-moroce,
JaTepaibHOM Kpae CTONKH, B MEHBIIEH CTENEHU Ha TPAHC-TIOIIOCE JIOKATU3YIOTCS
okpyriibie MemOpannbie npodunu 50-100 Hm B guamerpe (pUCYHOK Sa, 50).
DNEeKTPOHHO-MHUKPOCKOMMYECKass ToMorpadus mnokaszaia, 4To OoJblIas 4acTb U3
HUX TPEICTaBI€HAa JUCKPETHBIMU OKpPYTJIbIMH OOpa3oBaHMSIMHM, M JIMILb
HEKOTOpbIE M3 HHUX CBsi3aHbl ¢ nucrepHamu KI' y3koid MeMOpaHHOHN «ILIEUKOI».
YacTth BE3UKYJ UMEIOT AJIEKTPOHHO-TUIOTHYIO KaiiMy. Ilo JaHHBIM TpeXMepHBIX
PEKOHCTPYKIMIT (pUCYHOK Sa, 50) Ha OKpyriasie MeMmOpaHHbIe TpoduIn
npuxoautcs B cpeanem 10+2,5% memOpan KT

OHTEpOLUTHl KULICYHON BOPCHHKH OOpa3ylOT IUIOTHO PACIOJIOKEHHBIH
CIIOM KJIETOK C XOpOLIO Pa3BUTBIMM MEKKJIETOUHBIMH coeauHeHussMH. Ha
0azoyiarepaibHOM YacTU IUIa3MOJIEMMbl MEKKJIETOYHBIE KOHTAKThI  CJOXKHO
OpraHU30BaHbl U MPEICTABISIOT KOMIUIEKC COEIMHEHUMN, PACIOJIOKEHUE KOTOPBIX
HUMEET OIpe/eTICHHYIO0 3aKOHOMEPHOCTD (PUCYHOK 6a).

[Inotubiii KOHTAakT (zonula occludens) 3aMblkaeT MEXKIETOUHYIO UIENb

Cpa3y HIKE OCHOBaHUSI MUKPOBOPCHHKH (PUCYHOK 6a, 60).



50

Pucynok 3 — YapTpacTpyKkTypa SHTEpPOIUTA KUIIIEYHONH BOPCUHKHU KPBICHI TIOCIIE
24-4acoBOT0 TOJIOJIAaHUS: a — aMKaJIbHAs YaCTh KIETKH; O — y4aCTOK ITUTOIIIIa3MBbI
BJIOJIh Oa30JaTepaibHON YacTh mia3mMoieMMebl. S — sapo, [IM — razmonemma,
KT" — kommiexe [Nonbmxu, M — mutoxonapuu, ['9P — rmagkuit
SHJIOIUIA3MATUYECKU peTuKyoM, [IIDP — mepoxoBaTeiil SHI0IIIIa3MATUHYECKU I

petuxkymom, [IM — mnazmoniemma. TEM. bap 150 awm.



Pucynok 4 — YasTpactpykrypa komiiekca ['onpmxu (KI7) sHTEpOLIMTa KUIIIEUHOMN
BOPCHHKH TTOC)Ie 24-4acoBOTO Tojoaanus: a — ctonka KI'; 6 — coenmnnenue
LHHACTEPHBI IEPOXOBATOrO 3HIOIIA3MATUYECKOTO PETUKYIIOMA C MEAUATBHOMN
uuctepHoi KI'. IIM — nnaszmonemma, KI' — kommnekce ['onbmxu, ['9P — rmagkuit
SHOTUIA3MATUYECKUN peTUKyItoM, IIIDP — mepoxoBaTelii SHA0MIA3MATUYECKUMA
perukymnioM, COPIl — COPIl-npousBonnas Be3ukyna, nucll — iuc-mucrepna KI,
tpancl] — Tpanc-umcrepHa KI', 1 — MecTo coeuHeHus LIMCTEPHBI IEPOXOBATOTO

SHJIOTIA3MATUYECKOTO PETUKYIIIOMA ¢ MeauaabHou nuctepuon KI'.

TOM. bap 100 aM™.
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Pucynok 5 — 3D-pekoHCTpyKIIHs KOMITIEKca I 0IbIKH SHTEPOIMTa Ha4aIbHOTO
OTJieJIa TOHKOM KHIIIKU KPBICHI TTocie 24-4yacoBoro ronoganus. [[BeToBas mkana:
3€JIEHBIN — SHAOIIA3MAaTUYECKUI PETUKYIIFOM; CBETIIO-KOPUYHEBBIN — LIUC-CETh U

HHUC-IIUCTEPHA; TEMHO-KOPUYHEBBIN, 3€JICHBIN, OJIMBKOBBIA — MEIMATbHbBIC
IIUCTEPHBI; PO30BBIN — TPAHC-IIUCTEPHA; KPACHBIN — TPAHC-CETh; roy0ol (ckenras
ctpenka) — COPl-ipousBogHbie Be3ukynbl. IM-tomorpadus (yroi BpaiieHus: a =

180°, 6 = 120°). bap 100 um.
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KOHTaKT BBITTIAIUT KAk y4acTOK Oa3oyiaTepajbHOM YacTH IJIa3MOJIEMMBI
JIBYX COCEOHUX KIJIETOK, Ha TMPOTHKCHUH KOTOPOTO HAOIIOMAETCs CIUSHHC
HapYKHBIX CJIO€B IuIa3MaTudeckoil memOpansbl. llupuna kontakta — 0,2 MkMm. B
0o0JaCTM KOHTAaKTa B LUTOIUIa3ME€ BBIABISIOTCS TOHKHE (uiaamMeHThl. Huxke
IJIOTHOTO KOHTAKTa PETUCTPUPYETCS MIEIEBOM KOHTAKT (gap junction). MeMOpaHbI
COCEJIHUX KJIETOK B ATOW 00JIACTH MapasulesIbHbI U JIeKaT Ha PACCTOSHUU 2-3 HM
(pucyHok 6a). [Ton meneBbIM KOHTAKTOM PACIIOJIO0KEH MPOMEKYTOUHBIH KOHTAKT
(zonula adherens). IT1a3MoaeMMBbI COCETHUX KICTOK B 00JaCTH KOHTAKTa JIC)KaT Ha
paccrogaun  15-20 HM. Mexay HHMH pacHoOJIOKEH MaTepual CpeaHeu
DIEKTPOHHOM IUIOTHOCTU. 30HA, TMpuiexamas K KOHTAaKTy CO CTOPOHBI
LIUTOIJIA3Mbl, MMEET MOBBIINICHHYIO AJEKTPOHHYIO IIOTHOCTh. K 3TOW 30HE
MPUMBIKAET CETh TOHKUX (uiaamMeHToB. OHA BIUIETAETCS B allUKAJIBHOE CIUIETEHUE
sHTeponuTa (pUCyHOK 6a, 6B). Hrbke pacrosararoTcsi OJHAa WJIH HECKOJIBKO
necmocoMm  (macula adherens). Ounu  paszgeneHbl, OOBIYHO, HEKOTOPHIM
pacIipeHreM MEXKICTOUHOM Mmienu (pucyHok 6a, 61). Jlucramsaee Gpopmupyercs
30HA CJIOKHBIX MHTCPIUTHUTHPYIONIUX KOHTAKTOB (pUCYHOK 6a, 60, 6B). Ilepriit
NJIK pacnosaraercs Ha ypoBHe uuctepHsbl KI'. Ha yposne sanpa MJIK BeipaxeHbI B
MEHbIIEN CcTerneHn. KOHTAaKT OpUEHTUPOBAaH B BEPTUKAIBHOM IIJIOCKOCTH
napajuieabHo JiMHHOW ocu ctonku KI'. /[nmuHa m xosmmuecTtBo BeIpocToB B MJIK
BBIIIIE B MPOKCUMAJIbHOM M JAUCTAIBHOM YacTIX KIETKU. PSI0M pacronoKeHbl
MK, xoTopble pasieneHbl MexXIay co0od gecMocomoil (pucyHok 6r). Ha
NPOTSKEHUHM  KOHTAaKTa JIECMOCOMBbI He BcTpevatrorcs. CpenHsisi  JIIMHA
KOHTAKTHUPYIOIIUX TMOBEPXHOCTEH COCETHUX DHTEPOLMUTOB, OTPAHUYCHHBIX JABYMS
necmocoMamu coctaBuiia 715420 uM. [lluprHa KOHTaKTHOM IIENN paBHOMEPHA U
coctapisieT B cpeqHeM 40 uMm. J{mmHa npoekiuu MJIK Ha 6a3onaTepaibHyt0 4acTh
ma3MaTudecko meMOpanbl coctaBwia 13026 HM. Mexay coceaHUMU
JIECMOCOMAMH PACIIOIOKEHBI MMyYKH aKTHHOBBIX (PMITAMEHTOB.

Haxonern, 3aBepriaeT KOMIUIEKC KOHTAKTOB 0a3oJjiaTepajlbHONM 4YacTu
MJIa3MOJIEMMBI JIECMOCOMA, PACIOJIOKEHHAss B HEMOCPEJACTBEHHON OJIM30CTU OT

0a3aabHOM 4acTu J1a3MaTUYECKON MeMOpaHbI SHTEPOIIUTA.
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PucyHOK 6 — YapTpacTpyKTypa MEKKIETOYHBIX KOHTAKTOB

0a3oyraTepanbHON YaCTH TUTa3MOJIEMMBI DHTEPOITUTA KPBICHI TTOCIIe 24-9aCOBOTO
rOJIOJIAHUS: a — pacmnojiokeHne KontakToB. TOM. bap 150 uM; 6 — muoTHBIN
KOHTAaKT (1). TOM. bap 50 um; B — aare3uBHbiil koHTakT. TOM. bap 50 um; T —
nanblueBUAHbIN KOHTAaKT. TOM. bap 200 awm.
ITIK — moTHbIN KoHTaKT, IIIK — meneBoit koHTakT; AC — anuKaabHOE
ciuietenue, AK — aare3uBHbIN KOHTAKT, /| — necmocoMa, MK — nmanbieBuiHbIH

KOHTakT, M® — MUKpOpUITaAMEHTHI.
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3. 2. CTpyKTypa U BpeMeHHbIe XapaKTePUCTUKH TPAHCIOPTHOIO MYyTH
JUIMAOB M3 IMPOCBEeTa KHUIIKM B COOCTBEHHYH IUIACTHHKY KHIIEYHOM
BOPCUHKH

Yepe3 5 MHHYT 1OCJIE BBEACHUS XMMYCAa B MOJOCTh HAYAJIBHOTO OTAENA
TOHKOM KHILIKH KpBICHl CPEAHHMI JHAMETP MHKPOBOPCHUHKH 3HTEpoLMTa (110
naHHpIM TOM) yBenuumics u coctaBuin 106+19 HM, BbICOTa MHUKPOCBOPCHHKHU
YMEHBLIWIACH B cpesiHeM 110 863+ 40 HM.

B oOpasmax, konTpacTupoBaHHbIX 10 mpoTokory OTOTO, nabmomatoTcs
YY4aCTKH KOHILIEHTpAIlMU JHUIUAOB B BHUJIE DJICKTPOHHO-IJIOTHBIX OOpa30BaHUM
auameTpoM 5-30 HM B MpUMEeMOpPaHHOM CJIO€ KHUIIKH, TIMKOKAINKCE (PUCYHOK 7a)
U IUIa3MaTUYECKON MeMOpaHe MUKPOBOPCUHKH (PUCYHOK 70).

Ha anukanbHOW 4acTy IMJ1a3MOJIEMMbI B OCHOBAHUH IIETOYHON KAEMKH MBI,
TAaK)K€ KaK M B KOHTPOJBHBIX OOpa3lax, He OOHapYKUJIM OKAMMIIEHHBIX SMOK, a
TaKXe€ BE3UKYJI, OKaMJICHHBIX KJIAaTPHUHOM WM KaBeocoM. [lon mmazmoneMmon
30Ha OTHOCHUTEJIBHO OJHOPOJHOW IIUTOIUIA3MBI CPEAHEN DJIEKTPOHHOW IUIOTHOCTH
0e3 MeMOpaHHBIX CTPYKTYpP M 3JEKTPOHHO-IUJIOTHBIX BKIIIOUEHHM, B TOM YHUCIE U
Ha o0pa3iiax KOHTpacTUpoBaHHBIX 110 npoTokoay OTOTO.

MewmOpannbie npoduin nuctepH [P pacnonokeHbl B HEMOCPEICTBEHHOM
omzoctu ot BJIIIM mon «mosicom» aare3smBHbIX coeauHeHuil. Hecmotpsi Ha
OJIM3KYIO JIOKAJM3ALMIO, Mbl HE OOHApYX UM MEMOpaHHbIE COCIUHEHUS MEXIY
BJITIM u uucrepnamu I'OP (pucynok 8a). LHucrepust HIDP nokanuszyrorcs BOAM3U
cronok KI', xkak Ha 1muc-, Tak ¥ Ha TPaHC-TIOJIOCE OpraHeibl (PUCYHOK 8a).
[MucrepHbl Tiagkoro W IepoxoBaroro OP wyacTo cBs3aHbl MEXIy co00l U
nepexoasT oxHa B apyryio (pucyHok 8a). MemOpana 1mcrepr IIDP umeer
OJTHOPOJIHYIO 3JIEKTPOHHYIO TUIOTHOCTh 0€3 MOYeK U MHBarvuHalu.

B mucrepnax I'OP, pacnofiokeHHbIX B HEMOCPEACTBEHHON OJM30CTH OT
wiotHoro coemunenus bBJIIIM, wMbl HaOmM0gaeM IOSBIEHHE OJUHOYHBIX
OCMUOGUIIBHBIX CTPYKTYp, AuameTpoM oT 20 no 60 M (tabnuma 4). VIx cpennee

KoJimuecTBo — 3,2+0,6 Ha cpes.
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— MUKpPOBOPCHHKH 3HTEPOLUTA KPBICHI Y€PE3 5 MUHYT MOCTIE

Pucynok 7

(v}

BBCACHHA XUMYCaA: a — KOHIOCHTpalus JIMIIUA0B B IPUCTCHOYHON 30HC KUIIIKHU U

TJIMKOKAJIMKCC MUKPOBOPCHHOK; 0— KOHICHTPAIHWA JIMITUAO0B B IIJIa3MOJICMMC

MukpoBopcuHOK. TEM, nporokosr OTOTO. bap 50 HMm.
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B mnpocsere mucrepn IIDP ocMuodunbHble BKIIOYEHUS HE BBISBIICHBI,
OJTHAKO YacTh AJIEKTPOHHO-TUIOTHBIX YAaCTHUIl HAOIIOAAETCA B 0OJACTH COCTMHEHUS
uuctepd ['OP u IIDOP.

KI" pacnonoxxen BOmm3u uucrtepH ['OP u popMupyer KOMIaKTHYIO CTOIKY
U3 4-6 TUIOCKUX LUCTEPH C HEOOJBIIMM PACHIMPEHUEM IPOCBETA B JaTepaTbHOMN
obnacTtu cronku. CTONKa OpUEHTUPOBAHA MPOI0JIbHON OoCchio Bosib BJIIIM. [uc-
u TpaHc-cetb KI' cpenHell creneHu BbIpakeHHOCTH. OKpyTriible MEMOpaHHBIE
npodmm nuamerpom 60-80 HM pETUCTPHUPYIOTCS HA MUC-TIONIOCE OPTaHEIIbl, Ha
JIATEPAIBHOM KpPAa€ CTOIKHU U, B MEHBIIEH CTEINEHU, HA TPAHC-IIOIIOCE OPTraHEILIbI.
[IpocBeT HHUCTEPH HA BCEM €T0 MPOTSHKEHUU OJHOPOIHBIN, CPEIHEN JIEKTPOHHOU
IJIOTHOCTH. JIEKTPOHHO-TJIOTHBIE CTPYKTYPBI OKPYTJION (OpMBI B MPOQPHIISIX
mMeMOpan KI' He BBISBISAIOTCS, B TOM 4YHCIE€ M B OKPYIJIBIX MEMOpaHHBIX
poUIAX, aCCOIMUPOBAHHBIX CO CTOMKOW OpraHesuIbl.

MeXKOHTaKkTHasT ~ WIEJAb  NAJBLEBUIHBIX  KOHTAKTOB  SHTEPOLIUTA
paBHOMepHasi, mmpuHon 30-40 HM O3 3JIEeKTPOHHO-TUIOTHBIX BKIFOUCHUI.

Yepe3 10 MmuHYT nociie BBEACHUS XMMyCa B MOJIOCTh HAYaJIbHOTO OTHEJA
TOHKOM KHIIKH, TO JaHHbIM TOM, o0O0HapyXuBalOTCSI OCMHO(PUIbHBIC
oOpazoBanus nuametpom 20-60 HM B mpocBeTe uctepH ['OP, pacnonokeHHBIX B
HernocpenacTeennon ommzoctu bJITIM. Ux cpennee KOJIUYECTBO YBEIIUMYUBACTCS U
nocturaet 5,3+0,6 Ha cpe3. Peructpupyrorcss OTAEHbHBIE 3JIEKTPOHHO-TJIOTHBIE
yacTullbl B mpocBete nuctepH KI' Ha nuc-nomtoce opranesuibl (pUCcyHoK 80).

Ha anukanpHOM 4yacTy 11a3MOJIEMMBI SHTEPOLIMTA, IO IIETOYHOU KAEMKOU
AIIEKTPOHHO-TUIOTHBIX y4aCTKOB, MEMOpaHHBIX WHBAarMHaIMid W TOYEK TI0-
IPEe)KHEMY HE peructpupyercda. He BbIABIsSETCS Takke HUKAKUX OKPYIJIbIX
MEMOpaHHBIX CTPYKTYp B 30HE IIMTOIUIA3Mbl, PACIIOJIOKEHHOW IO IMETOYHOMN
KaeMKOMH, a Takke OCMUO(DUIBHBIX CTPYKTYP U BKIIFOUECHHIH.

Ha mucrepnax IIIDP u B HemocpencTBeHHOW OIM30CTH OT HUX OKPYTJIBIX
MEMOpaHHBIX CTPYKTYpP H30JUPOBAHHBIX, JIMOO CBSA3aHHBIX C LUCTEPHAMU

«ILIEHKOW» HE BBIABJIEHO, B TOM YHCJIE U C AIEKTPOHHO-TIJIOTHOM KaMOW.



a —uepe3 5 MuHyT; 0 — yepe3 10 munyt. [IM — mnazmonemma, ucKI™ — muc-
nooc komruiekca ['onbmxu, TpancKI™ — tpanc-nontoc komruiekca ['onpmxu, I'OP
— TJIAJKUIA SHIOIIa3MaTHUYECKU peTUKYIIoM, [IIDP — mepoxoBarslii
sHAoma3Maruaeckuii perukyitom, COPl — COPI-ipousBoaHas Be3ukymna, T —
MECTO COEUHEHHUS IIEPOXOBATOTO U TJIAIKOTO SH0IIa3MATHYECKOTO

pertukymoma, 71 — JIMIUAbl Ha HUC-TIOJIKOCE KOMILIEKca [ obku,

TEM. bap 200 HMm.
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KpynHbIXx MEMOPAaHHBIX N30IMPOBAHHBIX CTPYKTYP («METaBE3UKYJ») BOIU3U
cronku KI', nmu6o umcrepn OP, B TOM uyucie U C 3JIEKTPOHHO-TUIOTHBIMU
BKJIFOUEHHUSIMU TakKe HE OOHAPYKEHO.

Crpykrypa KI' 3HaumMblXx wW3MeHeHUN He mnperepreBaer. OpraHesuia
COXpaHsAeT MapajuleNbHyI0 0a3oiaTepalbHON YacTH IUIa3MOJIEMMBbI OPUEHTAIHIO.
Ha mwucrepasr KI' npuxomutcs B cpeanem 57+0,2% memOpan opraneimisl. Ha
cBoOoanbie 60-80 HM Besukynsl — 11+0,2%, Ha TYOynsipHBIE CTPYKTYpHI —
3240,2%. DOtu mnokazarend HE  MMEIOT  JOCTOBEPHBIX  pa3iuuuid C
xapaktepuctukamMu KI' KOHTpOIBHON IPYIIIIHIL.

Yepes 10 MuHYT mocie BBEICHHUS XHMycCa OJMHOYHBIE OCMUOQUIIbHBIE
OKpyTJble oOpa3oBanus quameTpoM 40-60 HM 0OHApYKMBAIOTCS B IIUC-TOJIIOCE, a
B HEKOTOPBIX CIIy4asiX, B IIPOCBETE MEIUAIBbHBIX LIUCTEPH CTONKH OpraHEJUIbl Ha
naTepaibHOM Kpae. VX cpeaHee konmmuecTBO gocturaet 6,1+0,5 Ha cpe3 (pucyHOK
9, Tabmuia 4).

Ha Tomorpammax Mbl OOHapy>KMBaeM €IWHUYHbIE MEMOpaHHBbIE
TyOynsipHble coenuHeHus auametpoM 30 HM Mexnay uucrepHod I'DP u nuc-
ucreproit KI', comeprkarteid ocMuoduibHbIe BKIFOUCHUS (PUCYHOK 9).

Besuxynsl KI' quamerpom 50-100 HM, pacmonokeHHbIE Ha LUC-TIOJIOCE H
JaTepaIbHOM Kpae CTOIKM, HE COAEpKaT JJIEKTPOHHO-IJIOTHOIO BELIECTBA
(pucynok 9a-r). YacTth OKpymIBIX MEMOpaHHBIX MPOMUICH COCAMHEHBI C
JaTepaibHbIM KpaeM HUCTEPH CTOMKH MEMOpPAHHOH «IEHKOW» (pUCYHOK 90).

Tpanc-nomoc KI' mnpencraBien mociaeaHedt wmano nephopupoBaHHOM
LIACTEpHOM, MpUMBbIKaromen k cronke. TpaHc-cetb KI' Belpaxkena manmo. B
IpocBeTe MEMOpaHHBIX CTPYKTyp TpaHc-nomoca KI' 31eKTpOoHHO-TIIOTHBIE
O0CMUOGUITbHBIE OKPYTIIbIe MPOMUIN HE BBISBIISIOTCS.

NHTepaurutupyone KOHTaKThl 0a3ojaTepalibHOM 4YacTHU I1a3MOJIEMMBI
MMEIOT PABHOMEPHYIO [IUPHUHY U OJHOPOIHYIO DJIEKTPOHHYIO IJIOTHOCTh IIPOCBETA
Ha BCEM HX NpOTsHKEHHH. lIIMpMHAa KOHTAKTHOW IIEJNU COCTABWJIA B CPEIHEM

40+0,3 uMm.
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Pucynox 9 — Huc-nontoc kommiekca ['onpmxu (KI') sHTEpOIIMTa KUIIEYHON
BOPCHHKH KPBICHI Yepe3 10 MUHYT MOcie BBECHUS XUMYCa:

a-T - cepuiiHbIe BUPTyalbHblE cpesbl (yron Bpamenus: a = 180°, 6 = 120°, B

= -120° r = -180°: 1 — umcTepHa IJIAJKOTO PHIOIIA3MATUYECKOTO PETHKYIIIOMA

(I'9P) ¢ oqunupamu, 11 — memOpanuble coenunenust ['OP ¢ uuc-uucrepnoit KI,

OM-romorpadusg. bap 100 Hwm.
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Yepe3 25 MMHYT 1OCIIE BBEJAEHUS XMMYyCa B IOJIOCTh HAYajJbHOI'O OTAENA
TOHKOM KHILIKH CTPOEHUE alWKaJIbHOW YacTW sHTepouuta He Mensercs. llo-
NpEeKHEMY B anMKalbHOW YaCTH LUTOIIIA3Mbl Mbl HE BBISBISIEM OCMHO(DHUIBHBIX
BKIIOUeHH. B mpocBere kaHanbleB ['DP  37I€KTPOHHO-IUIOTHBIE YaCTHIIBI
BCTpeYaroTcs penko. IIpy 3ToM OHM PErucTpupyroTcs Ha 3JEKTPOHOIpaMmax Ha
BCEeM NpoTskeHuu cronku KI'.

CrpykTypa opraneiisl MmeHsieTcs. KolmyecTBO HUCTEPH CTaTUCTUYECKU HE
u3Mmensiercss (tabmmma 4). Ilpu 3TOM yBemWYMBaeTCs AWAMETP ITUCTEPH JI0
832+24 um. Ha mucrepnsl cronku KI' mpuxoautcst B cpennem 48+2,5% memOpan
opraHesuisl, yTo Ha 12% meHblie, 4eM B KOHTPOJIBHOMW TPYIIIIE.

Jlarepanbublie kpas nuctepH KI' memkooOpa3Ho pacuupens! (pucyHok 10a,
106). JlmameTp mpocBeTa IIUCTEPH B 3TOM OOJACTH YBEJIUYMBAETCS OT IUC- K
TPAHC-TIOJNIOCY CTONKM M COCTaBiseT B cpenHeMm 230+32 M. B pacmmpeHnsx
UCTEPH HabI01at0TCsl ocMuO(HIIbHBIE BKIIIOYeHUs quamerpoM oT 100 1o 300 um
(pucynok 10a, 100). OHH cOCTOST M3 OCMHO(MWIBHBIX YaCTHI], KOJIHYECTBO U
JMaMETP KOTOPBIX YBEIMYMBAECTCSA OT LMC- K TpaHc-noyrocy cronku KI'. Tak, Ha
IUC-TIOJIFOCE PETUCTpUpPYETCA B cpeaHem 2,3+(0,2 4acTullbl Ha CPE3 CO CPEAHUM
nuamerpoM 58+11 um. Ha tpanc-nomoce — 35+7 yactuil, cO CpeIHUM AUAMETPOM
86+15 uM (Tabmura 2).

Ha mnarepanmbHOM kpae cromku peructpupyrorcss 50-100 HM Be3UKYIIBI.
Hekoropble U3 HUX cOeAMHEHBI TOHKOM «1eikoi» ¢ nucrepHoit KI' (pucynok 11a,
11r). OHu He conepkaT >JIEKTPOHHO-IUIOTHBIX YacTUll M BKiIoueHud. Ha
BE3UKYyJsipHble mnpodunu npuxogutcs 11£2,5 % wmemOpaH oOpraHeiibl, 4TO
CTaTUCTHYECKHU HE OTIIMYACTCS OT KOHTPOJIBHOM IpyIib (Tabsuia 2).

Tpanc-nmonroc KI' mpencraBnen mepdopupoBaHHON TpaHC-IIUCTEPHON H
MPUMBIKAIOIIEH K CTOMNKEe TpaHc-ceThio (pucyHok 100). Ha tpanc-nomroce KIT
HAOJIOMAIOTCA MENIKOOOpa3Hble MEMOpPaHHBIE CTPYKTYPbl C OCMHOMDUIBLHBIMU
yacturamu (pucyHok 100), 4acTh U3 HUX JISKUT B HETIOCPEACTBEHHOU OJIM30CTH OT

0azonarepanibHOM YaCTH TIa3MOJIEMMBI.
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Pucynok 10 — Kommiiexc IN'onbmxu (KI') saTEpO1IMTa KUIlIEUHONH BOPCUHKHU
KPBICHI Uepe3 25 MUHYT MOCJIE BBEACHUS XUMYCa!
a - munuane (1) B muc- 1 MeauainbHbix 1ucteprax KI', TOM. bap 100 awm;

6 — nmuniuel (1) Ha Tpanc-niontoce KI', OM-tomorpadus. bap 100 HM.
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Pucynox 11 — Kommeke INomsmxu (KI') sHTEpOIIMTA KUIIIEYHOM BOPCUHKH KPBICHI
MOCJIC BBEJICHUS XUMYyca yepe3 25 u 45 MUHYT:

a — TUTUABI B IPOCBETE IUCTEPHHI (1) uepes 25 MuH. sKkcnepuMenTa, (11) —
coennnenne COPI-nponsBoaHOM Be3ukyibl ¢ nuctepHoi KI', OM-Tomorpamma;
0 — (1) TyOysipHOE coenuuenue Mexay nuctepHamu KIW uepes 25 MuH.
sKcriepuMenTa, 3D-peKoHCTPYKITHS JaTepaibHOTO Kpasi CTOTIKY;

B — TUNUABI B TOCT-1 oMb KK TTEpeHOCUMKAX uepe3 45 MUH. SKCIIEPUMEHTA.

TOM. bap 100 aMm.
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Mexnay cocegnumu 1uctepHamu KI' Ha ToMorpamMmax oOHapy>KHBaOTCS
TyOymsipHble MeMmOpaHHbIe coenuHeHus (pucyHok 110). Ha TyOymnspHbIe
CTPYKTYPBI IPUXOIUTCS B cpeaHeM 41+2,5% MemOpaH opraHeuibl, 9TO HECKOIBKO
BBIIIIE, YeM B KOHTPOJIBHOM TpyIire (Tabuma 2).

OcmuoduibHble YacTHUIBI PETHUCTPUPYIOTCS MEXKIY IUIa3MaTUYECKUMU
MeMOpaHamMHu COCeIHHMX KJIETOK B 30HE cnoxkHbix MJIK. VX cpennee xolInyecTBO
Ha cpe3 coctaBwio 12,7+0,6. lupuHa HHTEPAUTUTUPYIOUIUX KOHTAKTOB B
0a3aJIbHOM YacTH KJIETKH MMEET HepaBHOMEpHbIe paciivpeHus. CpelHss MrupuHa
KOHTAKTHOM IIEJIM YBEIWYWIAch B 2 pa3a MO CPABHEHUIO C KOHTPOJIbHOW TPYIIION
u cocraBuina 80+0,3 mam (tabmuma 3). [nmwmHa mpoeknuu koHTakta Ha BJIIIM
yBenmnuunack B 1,2 pa3sa um cocraBwiaa 165+6 uM (tabaumma 3). [nwna
KOHTaKTHPYIOLIEH ITOBEPXHOCTU MEXKIAY JABYMsI JECMOCOMaMH JIOCTOBEPHO HE
MeHsercs (Tadnuma 3).

B coOcTBeHHON TIUTACTMHKE KHIIEYHOM BOPCHUHKH  OCMHOMDUIBHBIX
BKJIIOUEHU HE OOHAPYKEHO.

Mexay »SHTEpOUMTAMU PETUCTPUPYIOTCS OJUHOYHBIE JIMM(OLUTHI U
neHaputHeie kieTku. [locnennue (GopMUPYIOT KOHTAKThI ¢ dHTepouuTamu. Mx
OTPOCTKM  PETUCTPUPYIOTCS B mopax ©Oa3anbHOM  MeMmOpaHbl WM B
HETIOCPEACTBEHHOM OJIM30CTH OT HUX.

Yepe3 45 MUHYT 1OCII€ BBEICHUS XHMYycCa B HayaJdbHbIA OTIENI TOHKOH
KHUIIKK SKMBOTHOTO OCMHO(WIbHBIE BKIIOYEHMS B 1uctepHax [OP He
oOHapyxkuBatoTcs.  OTHENbHBIE  ANEKTPOHHO-TUIOTHBIE ~ YaCTHUIIBI ~ MOTYT
perucTpupoBaThcsi B MeMOpanHbIx nepeHocunkax KI' oxono UK B auctaibHOM
otnesne 6a3onaTepaibHON YaCTH TUIa3MOJIEMMBbI (pUCYHOK 11B).

Cnoxunsle UJIK dhopmupytot pacmupenus 10 150 HM mupuHON U coaepkar
CKOIUIEHUS] XWUJIOMHKpPOHOB (pucyHok 12B). I[llupuHa KOHTAaKTHOM ILENTU
YBEJIMYHMBAETCS MO CPABHEHHIO CO CPOKOM 25 MHH. 3KcnepuMmeHTa B 1,5 pasa u
coctaBisier 120+0,3 um. [Ipu sTom nnmHa kKoHTakTHpyrome nosepxHoctu MK
MEXIY IBYMSI J€CMOCOMAMHM JOCTOBEPHO HE M3MEHSETCS U COCTABIISET B CPEIHEM

686+£20 HM mpu cpeaHEH MPOEKIMU KOHTaKTa Ha Oa3oyiaTepaibHYH YacTh
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mnazmonemMmbl 230+£11 HM, yto B 1,4 pa3a Bbllle, 4eM Ha Cpoke 25 MHH.
skcriepuMenTa (tabmuna 4). Tem ve menee, yacth MJIK, pacmonoxeHHBIX BOIU3U
0a3aibHOI MeMOpaHbl, HE UMEET PACHIMPEHUN KOHTAKTHOM ILEIN U HE COJACPKUT
oCcMUOGUIIBHBIX BKIIFOUEHUN (pucyHOK 13a).

Mexny necmocomamu, orpanmuuBarommmu WMJIK, nmapamiensno BJIIM,
PETUCTPUPYIOTCS ~ NMYYKHM  MHUKPOPWIAMEHTOB, B  KOTOpbIE  BILIETAIOTCA
IPOMEXKYTOUHBIE (PHIIaMEHTHI JeCMOCOM (PUCYHOK 1206).

CkomieHue  JUMNHUJIOB  HAOMIOAaeTcs  Mexay  Oa3ajdbHOM  4acTbhiO
IJ1a3MOJIEMMBI DHTEPOIUTA U 0a3aibHONM MeMOpaHoH, 1o 6a3anbHOW MEMOpPaHOH,
B WHTEPCTHUIIMN COOCTBEHHOH TIacTHHKHU (pucyHOK 13a-B). Ha cepmifHBIX cpesax,
MOJYYEHHBIX C T[IOMOIIBIO0 CKAaHHPYIOIIETO0 MHUKPOCKONAa C BHYTPEHHUM
MUKPOTOMOM M JIETEKTOPOM  OOpaTHOrO0  pacCEeMBaHHUS  DJIEKTPOHOB,
PETUCTPUPYETCSI CKOIUICHUE JACHAPUTHBIX KJIETOK MEXIY SHTEPOIUTaMH U B
COOCTBEHHOM TIJIACTUHKE KHUIIIEYHON BOPCUHKH. JIeHIPUTHBIC KIETKH, THaMETPOM
a0 20 MKM, HMEIOT I[MUTOIUIa3My CpEIHEW HJIIEKTPOHHON IUIOTHOCTH OEIHYIO
OpraHeJJIaMH U JUTHHHBIC [UTOIUIa3MAaTHYeCKUE OTPOCTKH (pucyHOK 14, 15).

B 30He ckomuieHus nunumoB 0azaibHas MeMOpaHa MCTOHYEHA WA UMEET
nopbl. OTPOCTKU AEHAPUTHBIX KJIETOK MPOHUKAIOT B MOPHI Oa3alibHOW MeMOpaHHI,
a Takke 00pa3ylT KOHTaKThl ¢ dHTEepoIuTamMu (pucyHok 14). B oTBepcTusix mop
0a3anbHONM MeMOpaHbl MOTYT PacrojaratbCsi U OTPOCTKU PHTEPOLUTOB (PUCYHOK
13a). YacTh OTPOCTKOB PETHCTPUPYETCS B HEMOCPEACTBEHHOW OJU30CTU OT MOP
0azanbHON MEMOpaHBI, APYTHe MPOXOIAT Yepe3 MOopbl (pUCyHOK 14).

Takum oOpazom, yepe3 45 MMH. TOCJ€ BBEICHHUS XHMyca B MOJIOCTh
HAYaJIBHOTO OTJIEJIa TOHKOW KUIIIKK OOJIbINAst YaCTh JIUMU0B MTOKUJAET YHTEPOIIUT

u ckaruBaercs Mexxay MJIK u B coOCTBEeHHOM TIIaCTHHKE KUIIEYHOW BOPCHUHKH.
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Pucynok 12 — MexkiieTOUHbIE KOHTaKThI yepe3 45 MUHYT NOCJI€ BBEACHUS XUMYycCa!
a — JINIUJBI B POCBETE NOCT-1 0JIbIKU NEPEHOCUNKA — YEPHAS CTPEJIKA, B
MHTEPAUTUTUPYIOIIMX KOHTaKTaxX — Oenas crpenka. TOM. bap 150 uwm;
0 — akTUHOBBIE (PUITAMEHTHI BJIOJIH 0a30J1aTepaIbHON MTOBEPXHOCTH IHTEPOITUTA
— Oeas cTpeka, JIMIMUIHBIN TpaHcrnopTep — uepHas ctpesika. TOM. bap 150 uMm;
B — CKOILUICHHE JIUTIHIOB B UHTEPAUTUTUPYIOIINX KOHTAKTaX — YepHas

ctpesika, M — mutoxonapuu. TOM. bap 200 aHwm.



Pucynoxk 13 — Jlunuast B o0nactu 6a3anbHOM MEMOpaHbl SITUTENNS KUIIEYHON
BOPCHUHKH 4yepe3 45 MUHYT MOCJIE BBEJICHUS XUMYCa!

a — JICHIPUTHAs KJIeTKa B COCTaBE dIUTEIIMAIBHOTO T1acTa — Oenas crpenika. TOM.
Bbap 150 uM; 6 — oTcyTCTBHE TUNUAOB B 00JaCTH HHTEPIUTUTUPYIOIINX
koHTakToB. TOM. bap 200 HM; B — IpOX0XKIEeHUE JIMITHIOB Yepe3 Topy 0a3aIbHON
MeMOpaHnbl — 6enast crpenka. TOM. bap 150 awm.

BM — 6a3anpnas memOpana, UK — uHTep AUTUTUPYIOLINIT KOHTAKT.



Pucynok 14 — CepuiiHbie cpe3bl SIUTENNS KAIIEYHONH BOPCUHKHU KPBICHI
yepe3 45 MUHYT MOCTe BBEICHUS XUMYCa:
1 — nenapurtHas kietka; K — kpoBeHocHbIN kanmwuisip. COM ¢ getektopom
00paTHO pacCesHHBIX YJIEKTPOHOB, 000PYI0BAHHBIN BHYTPEHHUM YJIHTPATOMOM.

bap 10 MxmMm.
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Pucynok 15 — Kumeunas BopcuHka uepes 45 MUHYT ITOCJE BBEICHUS XUMYCa.

COM c nerekTopoM 0OpaTHO PacCEesTHHBIX AIEKTPOHOB, 000PYI0BAaHHBII
BHYTPEHHHMM YJIBTPaTOMOM. bap 3 MKMm.
D — suTeporuT, bK — OokanoBuanas kinerka, JIK — mumdarnaeckuii

kanuap, KK — kpoBeHOCHBIN Kanuiuisp, T — AEHAPUTHAS KIIETKa.
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Tabnuna 2 — MopdomeTrpruueckas XxapaKTepUCTHKA CTPYKTYp KomIuiekca [ onpmku

DHTEPOLUTA KUIIEYHON BOPCUHKM B KOHTPOJIBHOM TPyNIIE U Ype3 25 MUHYT Hocie

BBCICHHA XHUMYCa

Ne [lokazarenu Kontpons Hepes 25 k. nocie
BBEJICHUS XUMYCa

1. | Yucno nuctepH (1iT.) 5,6+1,2 5,8+0,8

2. | lnametp uucTepH (HM) 600+24 832+24*
[[InpuHa 1ucTepH B IICHTPATLHON 36421 38418
4acTu (HM)

4 [upuna pacmupeHuit 65421 930432%
JaTEPATLHOTO Kpasi CTONKHU

5. | % meMOpaH Be3UKYII 10+2,5 11+2 .5

6. | % memOpaH TyOyn 30+2,5 41+2,5*

7. | % memOpaH IUCTEPH 60+2,5 48+2 5*

[Ipumevanmne: * — pa3auuus C KOHTPOJIHHBIMH 3HAYCHHSIMHU CTATHCTUYCCKU

noctoBepHsbl ipu p<0,05.

Tabmuma 3 — Mopdomerpudeckas XapaKTepuUCTUKA TaJIbIIEBUIHBIX KOHTAKTOB

0a3zosiarepanbHON YaCTH TUIA3MAaTUYECKON MEMOPAHbI

4 25 4 45 .
No [Tokazarenu KonTposb cpE3 20 MU ©PE3 70 MU
AKCIEPUMEHTA | SKCIIEPUMEHTA
JInvHa KOHTaKTUpYOUIEH
1. | HIOBEpXHOCTH MEXKITY 715120 763+20 686+20
JBYMSI IECMOCOMaMH (HM)
JlnvHa npoexuuu % %
2. koHTaxTa Ha BJITIM (M) 130+6 165+6 230+11
3 [ITuprHa KOHTAKTHOM 4040,3 80+0,3* 12040 3*
ey (HMm)
[Ipumeuanne: * — pa3nuuusi C KOHTPOJbHBIMM 3HAUYEHUSMH CTAaTUCTHUYECKU

noctoBepHbl npu p< 0,05.
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Tabnuna 4 — MopdomeTpuueckasi XapaKTEpUCTHKA JTUMUIHBIX YacTHUI] BO BpeMs

TPaHCITUTO3a
Bpems
S5 MUH. 10 MuH. 25 MUH.
HKCIIEPUMEHTA
Ne Koun-Bo Koi-Bo Kou-Bo
(1. na Hnametp (1. na HunameTp (e na Hunamerp
Jlokanuzanus cpes) (1) cpes) (1) cpe3) (1)
1. |TOP 3,2+0,6 | 50+£12 | 5,3+0,6* | 53+11 - -
2. | Huc-KT' - - 6,1+0,5 | 52+11 | 2,3+0,2* | 58«11
3. | Tpauc-KI' - - - - 35+7* | 86+£15*
4. | MexXKOHTaKTHas i i i i 12.7+0,6* | 88+15
1IeJIb
[Ipumevanune: * — pa3muuus cCTaTUCTHYECKH mocToBepHbl mpu p< 0,05 uepes

10 muH. OKCIICPUMCHTA I10 CPABHCHUIO C 5-10 MHH.; 4CPC3 25 muH. JJIA I1I0KAa3aTCIIA

JWAaMETp 4YacTUIl MO CpaBHEHHMIO ¢ 10-F0 MHUH., OCTAJbHBIE IOKA3aTeId — IIO

CpaBHCHHIO C IIPCALIAYIIHNM 3TallOM TPpaHCIIOpTa.
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I'maBa4. OBCYXIEHUE PE3YJIbTATOB

TpancnopT MMNUIOB Yepe3 SNUTENNN KUILIEYHONH BOPCUHKH MOYHO YCJIIOBHO
pa3fenuTh Ha CIEAYIOIINE ITAIbI: OTJIOMICHHE HU3KOMOJICKYJISIPHBIX JIMMTUIOB U3
IPOCBETa KHUIIKM B HHTEPOUUT M JOCTaBKa B OP; o00pa3oBaHHE HE3pEIbIX
XAJIOMHKPOHOB (IPEXUIIOMHKPOHOB) BHYTpH mpocBeTa JP; Tpancnoptr XM dyepes
KI'; cekpenmss XM BO BHEKIETOYHOE MPOCTPAHCTBO MEKIY COCETHUMU
HHTEPOLIMTAMHU; TPAHCIIOPT B MHTEPCTULMI COOCTBEHHOM IUIACTUHKU KHUIIEYHOU
BOPCHHKH.

lloznowenue HUBKOMONEKYIAPHBIX JURUOOE U3 NPOCEEMA KUWKU 8
snmepoyum u oocmaseka 6 OP. B mepBbIX 3JIEKTPOHHO-MUKPOCKOIUYECKUX
UCCIICIOBAHMSX TPAHCIOPTa JIMIHAJIOB U3 MPOCBETa TOHKOW KHUINKH [292] Obum
ONKCaHbl JIMMHJHBIE KAaIlJIM, KOTOpbIE CKAIIMBAIOTCA B AalMKaJIbHONH YacTH
nuTOomIa3Mel. Torga ObUIM  BBICKAa3aHbl  MPEANOJIOKEHHUS, YTO  JIMIHUIbBI
TPAHCTIOPTUPYIOTCS B SHTEPOIUT C TIOMOIIBIO IHAOIUTO3a. CKOTUIEHNE JTUIHIHBIX
Karelsb B alMKaJIbHOW YaCTW HMUTOIIa3MbI ObLUIO OOHAPYKEHO U B 0o0Jiee paHHUX
uccnenoBanusx [5]. BoaMoxHOCT 3HI01INTO3a MTPOAOIDKAET o0cy)kaarbes [159].

CymecTBylOT Kak MHHHMYM JBE€ THUIOTE3bl BCACHIBAHUS JHUIUAOB W3
IpocBeTa KUIIKU B 3HTEepoUUT. COrjlacHO MEpBOM TUIIOTE3€ ITO OCYIIECTBIISETCS
MeMOpaHHBIMH MEPEHOCYMKAaMHU (BE3UKYyJIaMu U / WM KaBeosiaMH). B yactHOCTH,
Palay S.L. and Karlin L. (1959) oOHapyXuid MaJeHbKHE >XHUPOBBIC KaIlIH
(MakcUManbHBIN 1HaMeTp 65 MKM) B IIETOYHON KaeMKe 3HTepouuTa yepe3 20 MUH.
nociie JUMUAHOW Harpy3ku. B To ke Bpemsi KMpOBBIC YaCTUIBI OBLTH BUIHBI
BHYTPU IMUHOLUTO3HBIX MYy3bIPHKOB HEMOCPEICTBEHHO B COCEAHEN TEPMHUHAIBLHOU
CeTH, IPUUYEM BCE BHYTPHKJIETOYHBIC KUPOBBIE KATUTH OBLJIM CBOOOTHO OOEPHYTHI
B TOHKYI0 MeMOpaHy, BHEIIHSS [IOBEPXHOCTh KOTOPOMl MHOI/A MOKPHITa
TOHKOJIMUCIIEPCHBIM KOMIIOHEHTOM LUTOIIa3Mbl. Hannuue yka3aHHON 000J04YKH
MO3BOJIMJIO aBTOpaM TMPEANOJIOKHUTh, YTO OHa Cc(HOpMHpOBANACh M3 KICTOYHOU

MeMOpaHbI B X0/1¢ mruHOInuTo3a [198].
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CymiecTByeT MPEANOJI0XKEHUE, 4TO MEMOpPaHHBIM OeJIKOM,
CIIOCOOCTBYIOITUM TIOTJIONICHUIO JKUPHBIX KHUCJIOT, sBIsgeTcS KaBeoiauH. OH
crocoOeH BoBiekath 0enok CD36 B kaBeOJbl, YTO, MPEANOIOKUATEILHO, MOXKET
YCUJIMBATh MOTJIOIICHUE JKUPHBIX KUCIIOT Yepe3 CD36 [199].

OnHako HeCMOTpS Ha TO, YTO MCCIENOBaTeIsiMU ObUIM OOHApY>KEHBI
CKOIUICHUSI OKPYIJIBIX OCMHUO(MUIBHBIX CTPYKTYp B alUKaJIbHOW YacTH
M1a3MOJIEMMBI, B JaHHBIX pabOTax OTCYTCTBYET 3JICKTPOHHO-MHUKPOCKOITMYECKOE
MOATBEPIKICHUE TIEPEHOCA JIUIHI0B KaBEOJIaMH HIJIA BE3UKYJIaMHU.

B Hamem uccnenoBaHuM Mbl HE OOHAPYKUIM OCMUO(DWIBHBIX YaCTHIl B
anMKaJIbHON 30HE DHTEPOIMTA HU HAa OJHOM M3 CPOKOB dKCIEepUMeHTa. Tarke He
ObLTM 3apEeTUCTPUPOBAHBl HMHBAarMHAIMHM, KIATPUHOBBIC IIOYKH, KJIATPUHOBBIC
BE3UKYJIBl W JJIEKTPOHHO-TUIOTHBIE YYaCTKH TUIa3MOJIEMMbI C XapaKTEPHBIM
KJIATPUHOBBIM ITOKPBITHEM, a TAK)KE KaBEOJIBI C OCMHOMDHIIEHBIM COICPKUMBIM.

[TockonbKy TPpUALMATIUIIEPUH TJIOXO pacTBOPUM B MeMOpaHax (0kosio 2%)
[109, 159], muanuiriniepiH MOKET BBIMTH MM B TIpocBeT DP, kak cyOcTpaT s
obpaszoBanus [IpeXM, win B IIUTO30/1b, KAK KOMIIOHCHT JIMIHMIHBIX Kareiab [153,
274). BuoreHes JIMIUAHBIX Kallelb U UX BO3MOXHOE (DOPMUPOBAHHE B SHTEPOIIMTE
npozorkaer oocyxnarees [23, 159]. Tem He MeHee, MBI MOKEM IPEAIIOIOKHTD,
yTO OOHApY>KEHHbIE aBTOPAaMU  OKpYyIJible OCMUO(MUIBHBIE  00pa30BaHUS
0OyCJIOBJIEHbI BBICOKOW JUMUAHON HAarpy3Koil Ha SHTEPOLHUT, YTO ObLIO MOKa3aHO
B paHee MPOBEJCHHBIX UCCIIEIOBaHMSIX [5].

B nameit pabote Mbl MPUMEHWIH MOJETh «CUHXPOHHU3AIMH TPAHCIIOPTa»
JUNUAOB, B KOTOPOH HCIOIB30Bajlach MHQY3US XUMyca HadaJbHOTO OT/CIa
TOHKOM KHIIKH KPBICHI IOHOPA. B yCIOBUSIX UCKITIOUEHUS N30BITOYHOM «TUITHIHON
Harpy3Ku» HaMm HE yJajioCch OOHAPYXUTh HU MEMOpaHHBIX MOYEK Ha amUKaJIbHOMN
YacTH IUJIa3MaTHUYECKOW MEeMOpaHbl, HU KaBeOCOM B CyOamMKalbHON 30HE
[IUTOTUIa3Mbl JHTEPOIMTA, UYTO TO3BOJISIET TOBOPUTH O HHU3KOH BEPOSITHOCTU
NepeHoca JUMUIOB C IIOMOIIBIO KaBEOJI, KaK IMPEII0JIaraioch aBTOpamHu.

B mocnenHue Toam1, B CBA3M ¢ paciImPpOBKON MOJICKYJISIPHBIX MEXaHU3MOB

TpaHCIIOpTa, Onl1a BBIJIBUHYTA THUIIOTC3a O BO3MOXHOCTH IIOTJIOIICHHA
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HU3KOMOJICKYJISIPHBIX JunuaoB myrtem audoysuu [106, 107, 108, 211, 280] u /
wi ooOsierdyeHHOW AWGGy3UH B HAPYXKHBIM JTUIMUIHBIA CJIOW TUTa3MaTHYECKOM
MeMOpaHnbl 3HTeponuta [17, 73, 125, 151, 289]. B Hacrosiee BpeMs cuuTaeTCs,
4yTO OENKOBO-OMOCPEAOBAaHHAS CHUCTEMa TMOTJIOLIEHUSI JKUPHBIX KHUCJIOT SIBISETCS
JTOMUHHUPYIOIIAM  CPEJICTBOM, C TIOMOIIBIO KOTOPOTO JKHPHBIE KHCIIOTHI
MOTJIONIAIOTCST MEMOpPAHHBIMU O€JIKaMU, CBSI3BIBAIOIIUMU >KUPHBIE KUCJIOTHI, TO
€CTh MEPEHOCUYMKAMHU JKUPHBIX KHCJIOT Ha alMKaIbHOW MEMOpaHe >HTEpPOITUTOB
[263]. beuto mneHTHGHUIIMPOBAHO OOJBIIOE KOJUYECTBO MEPEHOCUMKOB KHPHBIX
KHCJIOT, KOTOPhIE OO0JIErYaroT X moriomeHue kierkoi [186]. Dto Oenxku ABC-
tpancnoprepsl, ATP-a3pl P-tumna, cemeiictBo Niemann-Pick tunma C, (NPC-
OenKm).

LXR-uyBcTBUTENBHBIN Qocdomunua-pemoaenupytonmii pepment (Lpcat3)
y4acTBYeT B PEMOJEIMPOBAHUM MEMOpaHHBIX (POCHOIMIUAOB SHTEPOLMTOB,
oOecrieuynBas TEM CaMbIM MACCUBHYIO NU(PGY3UIO JUTMHHOILIETIOYEUHBIX KUPHBIX
KHUCJIOT, a TakXe obJierdaeT nepeHoc aunuoB B 6enok MTTP mist nmocnenyronieit
WHUIMAIMKA 00pa3oBaHus jumonpoTerHos [50, 87].

O6neryennass  nuddy3uss  HU3KOMOJCKYJISIPHBIX  JIMIHIAOB  MOXKET
OCYILECTBISIThCA ~ HECKOJIbkuMu  Oenkamu. Bo-mepBbeix, Oenkom FABPpm,
CBS3aHHBIM C IIJJa3MaTUYECKOM MeMOpaHOM, KOTOPBIH MPUCOCAMHSACTCS K
BHEIIHEMY MOHOCHO [IM ® ydacTByeT B CBSI3BIBAHWM YKUPHBIX KHCJIOT C
MeMOpaHaMu MHUKPOBOPCHHOK [255]. Bo-BTOpEHIX, MEMOpPaHHBIM
munuAcBs3bBatonMM  O0enkoM CD36, KOTOpwIi HMMeeT OOJIbIION BHYTPEHHUM
TyHHenb [149], uro mo3BosseT mepemeriars uHHONENoUeuHble KK [40] u
OKHCJICHHBIE JINTIOMPOTEHUHBI HU3KOH TuioTHOCTH [258]. B-Tperhux, perentopom-
MycopiukoM kinacca B tuna I (SR-B1), umeromum crpoenue, cxognoe ¢ CD36,
HaxomsmuMces B IIM u cITOCOOHBIM CBSI3BIBATH XUMHUYECKH MOJAU(PHUITUIPOBAHHBIC
JaunonpoTenHsl [144].

Takum o6pazom, XK wmoryr nepememarscs Baoiab [IM narepanbHOM

muddy3ueit mim ¢ ToMoIIblo0 OeKa-nepeHoCcUrKa.
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JlonmonHUTENBHBIM T0Ka3aTenbcTBOM TpancnopTa KK u3 npocsera Kuiiku B
[IM »suTepormTa nuddysueld, a Takke UX HEPEeMEUICHHs MO IIa3MaTHYEeCKON
MeMOpaHe CTaJl UCIOJIb30BaHHBIA HAMHU MPOTOKOJ KOHTPACTUPOBAHUS 0Opa3IoB
OTOTO, KOTOpBI NO3BONWJ BHU3yAJIM3UPOBATH KOHICHTPALMIO JIMIHMIOB B
HapyXHOM jucTke IIM mukpoBopcuHKM dHTepouuta. [Ipu 3TOM, MBI Takxke He
HAOJI0JaN CKOIUICHUE JIMIHUIOB B CyOamuKaldbHOM 30HE. OTOT (DaKT CIYKUT
JIONIOJIHUTENBHBIM JI0KA3aTEIbCTBOM HU3KOM BEPOSITHOCTH 3HAOLIMTO3A JINIIUIOB B
SHTEPOLUTE KUIIEYHON BOPCUHKH, MO KpailHEW Mepe, MpU HEOOIbIINX 00beMax UX
BCACBIBAHMSI.

BnepBbie OCMHO(MUIIBHBIE «KAILIW» JIMIHJIOB MOSBISIOTCS B IPOCBETE
nuctepH ['OP, pacronoeHHbIX OKOJIO IJIOTHOIO COEAMHEHUS MEXAY COCEIHUMH
DSHTEPOLUTAMHU YEPE3 5 MUHYT IIOCJIE BBEICHHS XUMYCa B IIPOCBET KUIIKU.

[uctepubl rnagkoro OP, coaepxamme 3JIEKTPOHHO-TUIOTHBIE YaCTHUIIbI,
HaMU ObUIM OOHApy>KEHbl B HEMOCPEIACTBEHHONW OJU30CTH OT ILJIOTHOTO
coenuHeHus (zonula occludens), pacmoiaoXKeHHOro cpa3y HHKE OCHOBAHHUS
MUKPOBOPCUHKM Ha 0Oa3onarepanbHoil uactu [IM. JlaHHOe coenuHeHue
MPEACTaBIIsIeT COOOM CIUIOMIHOW TOSC MIMPUHOM okoyio 0,2 MKM, MMEIOIMKA Ha
BCEM IPOTSHKEHWH YYaCTKU CIWSHUSA HapyxkHbIX cioeB [IM. Iloatomy muotHOe
COCIIMHEHUE CO3/aeT «0aphepy» JaTepaibHON TudPy3un XoJecTepruHa U KUPHBIX
KHCJIOT MO HapyKHOMY JIMCTKY Iuia3MojeMMbl. OIHAKO HHU3KOMOJIEKYJIIPHBIE
JUNUABl U3 HAPYKHOTO JIMCTKA MOTYT TPAaHCHOPTHUPOBATHCS HA LUTO30JIbHBIN
JIMCTOK TUTa3MOJIEMMBI, a OTTya — Ha MeMOpany ['OP.

910 MIPEATIOIOKEHHE MOATBEPKAAETCS perucrpanuen Ha
NIEKTpOHOTpaMMax wLucrepH ['OP ¢ jaunuaHeIMEH  KamisiMd B TPOCBETE B
HEMOCPEACTBEHHON OJIM30CTH OT IJIOTHOTO KOHTakTa. llpu 3ToMm, HecMOTpsi Ha
OuYeHb OJM3KO0e pacnojioxeHue memopan ['OP u [IM, Hu 0IHOM 30HBI UX CIUSHUS
WIM MEMOpPaHHBIX CTPYKTYpP-TIEPEHOCUUKOB MEXAY HUMH HE 3aperuCTPUPOBAHO.
Ha Bcex ¢otorpadusix ux pasuensi ciod nurtoruiazMel He MeHee 10 aMm. [loatomy

MOXHO 3aKJIOYWTh, YTO B JAHHOM clly4ae TpaHcrmopT JmnuaoB c¢ IIM Ha
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MeMOpany ['DP onocpenoBaH 0olHOM U3 HEBE3UKYISPHBIX TPAHMOPTHBIX CUCTEM
xkietku [32, 33, 48, 202, 253, 277].

Pons TpancnoprepoB sunugoB ¢ I[IM B OP wmoryr wurpath JBa
nuroriazMaTudeckux Oenka cemeiictBa FABP — FABP1 (wuinm FABP nedenn) u
FABP2 (umu FABP kumeunuka). FABP2 cmocoben cBs3eiBaThess ¢ [IM u
eauHoBpeMeHHo npucoeaunsaTh oaHy JKK. FABP1 cessbiBaet ase KK u cnocoben
pacro3HaBaTh IIMPOKUH CIeKTp JmraHmoB [92, 246]. Onucansl W Jpyrue
BO3MOXXHBIE TPAHCIIOPTEPHI, HO UX POJb B TPAHCIOPTE JIUIHUIOB 0 KOHIIA HE
U3YyYECHA.

Tpancnopm npexunomukporos u3z IOP uepe3 komnaexkc [onvoocu K
bazonamepanvbHolU Yacmu nAA3Mamu4ecKol MemopaHbl.

Ha mnepBoil cramuu o00pa3oBaHusl NPEXUIOMHKPOHA TPHAIMITIUIEPUH
cBs3bIBaeTcs B mpocBeTe DP ¢ ApoB48 (anomumnonporennom B) [281]. ITpu atom B
nucrepHax [LIDP nunuaneie yacTuilbl He OOHAPYKUBAIOTCS, a IIUCTEPHBI TITAJKOTO
U IIEPOXOBATOT0 PETUKYJIOMA CBsI3aHbl MEXy coOoil. B mpocBeT uucrepusl ['OP
TPHALIMITIIUIECPUH TIepeMernaeTcs ¢ momoirsio MTTP [209, 293].

Ha crnenyromem stanme ApoA-IV noGaBnsercss K MOBEPXHOCTH YACTHIIHI,
conepxkaiein ApoB48, uro nmo3Bosisier copmupoBaTh 0oJiee KPYNMHYIO YacTHILY.
Cuuraercs, yto ApoA-IV crabunusupyeT u / Win NOIIEPKUBAET MOBEPXHOCTh
MPEXWIOMUKPOHOB B DP, obecrnieunBas 10MOJIHUTEIBHOE JIUMTUAUPOBAHUE SIpa.

Ecnu Monexynspabie Mmexanu3mbl o0pazoBanus [IpeXM B 11e10M NOHSTHBI,
TO O MOJICKYJISIPHBIX MEXaHU3Max, ydacTByrluX B TpaHcnopre XM uepe3 KT,
M3BECTHO HEMHOro. [Ipu STOM OCHOBHBIE THMOTE3bl YAaCTO AKCTPANOIUPYIOT
JaHHBIE O MexaHu3Max cekpenun OenkoB udepe3 KI' Ha Mopenu TpaHcmopra
JIUTIAJIOB.

B GosbmmHCTBE TUNOTE3 TpaHcnopTa aunuaoB yepe3 KI' npunumaercs, 4to
XM tpancnoptupytorcss COPII-npousBoaHbsiMu Be3ukymamu. Sabesin S.M. and
Frase S. (1977) moarBepAwv, YTO JUIHUAHBIC YacTHIBI, oOpasyromuecs B OP,

MOTYT BBIXOUTH U3 DP u TpancnoptupoBathest k KIT [224].
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JIefiCTBUTEIBHO, CEKPETOPHBIE OENIKK KOHIEHTPUPYIOTCA Ha MeMOpane DP ¢
MOMOILBIO TaK Ha3biBaeMbIx OenkoB MOKpbITHs COPII, KoTOpoe KOHLEHTpUpPYET
TAaK)KE€ pELenTopbl M Jpyrue OenkH, a TakxkKe, CBOpaduMBas MeMOpaHy B
chepruiecKyr0 KOHCTPYKIUIO, (hOPMHUPYET TpaHCIOPTEp JUIsl MEPEeHOoca TPY30BbIX
monekyn w3 mucrepn OP B KD [26, 226]. Tpancmoprep dopmupyercs Ha
OTIpEJICICHHBIX YYacTKax, caiitax Beixoja u3 DP (ERES, ER exit caiiThr).

Tem He MeHee, Mbl HE OOHAPYKWUJIU BBIXOJHBIC CAWTHI HU Ha MeMOpaHax
9P, nu Ha nuctepnax ['OP, B Tom uncne u cogepxkammx [IpeXM. O1u dakto
MOATBEPAKAAIOT MHEHHE psga aBTopoB, yTo TpaHcnopT [IpeXM wu3z OP B KU
COPII-ne3aBucumsiii [12, 56, 236].

ITponecc obpazoBanust COPII-katimpl Ha DP HauMHAeTCs C MPUCOCTUHEHUS
K MeMOpaHe crienuaibHoro agantopHoro oenka Sarl. He sicen Mmexanusm ydacTus
COPII B Tpancnopre IIpeXM, oOIHAKO MHOTOYHUCICHHBIE HCCICIOBAHUS
MOKA3bIBAIOT HECOMHEHHYIO poJib Sarl B nepemMemennn qunuaos u3 OP B KI'. Tak,
npu dkchpeccuu kimetku Sarlb B kmetkax Caco-2 u  McArdleRH7777,
cekperupyercsa Oonbiiee koiaudectBo ApoB48 u  ApoB100, a Taxxe
(bopMHUPYIOTCS XHIIOMUKPOHBI 00JIBIINX pasmepoB [84, 119, 142, 143].

CymiecTByeT ABa mapanorudyeckux Oenka, Sarla u Sarlb ¢ romonorueit 91%
[116]. ®yHKIIMOHANBHBIC PA3IUUUA MEXIY dTUMU Oenkamu He uzydanuch [131].
Opmnako ObLIO TIOKa3aHO, UTO TOJIbKO MyTaius reHa SAR1B npuBoaut k 60e3HsIM
HakorieHus: JunuaoB. Ilpeanonaraercs, uyro Oemok Sarlb  mo3Bosser
chopmupoBats COPII-ipon3BoHbIE BE3UKYIIBI OOJBIIUX pa3MepoB, ueMm Sarla, B
OOJIBIICH CTEIICHN YMEHbIIIAs )KeCTKOCTh MeMOpaHnsbI [117, 267].

Eme onna oco6ennocts Tpancnopta [IpeXM mexny 9P u KI' B Tom, uto oH
HesasucuMm ot GTP [215], koTopeiii HeoOXoauMbiMu it obpazoBanust COPII-
IPOM3BOJIHBIX Be3uKyJ [28, 58].

Jlns mponecca obpazoanus COPII, BepostHO, HE0OXx0auM Oermok ApoB48,
KOTOpbIN 100aBisieTcss BO BpeMsi 00pa3oBaHUsl KalMbl OYyIyIIEro MEPEeHOCUMKA
[TpeXM. D10 npemsiokeHne NOATBEPKIAECTCS UCCIEAOBAHUSAMM, MTOKA3bIBAIOIITUMHU

cBa3p Sarlb, Sec23, m Sec24C ¢ ApoB48 [236] m HecmocoOHOCTH O€IKOB
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nokpeitust COPII ¢popmupoBaTh NpexuaoMUKPOH-TPAHCTIOPTUPYIOIINE BE3UKYIIbI
Ha MeMOpane OP mocie Toro, kak ApoB48 ObuT yaalieH U3 mociaeaHe.

Ha xnerkax McA-RH7777 Obulo moka3zaHO NPHUCYTCTBHE JHUIONPOTEHHOB
BoicoKOM TioTHOCTH B COPII-mponsBoanbix Besukynax [104]. Tem He MeHee,
muametrp XM coctaBisier 6omee 90 HM, 94TO CTaBAT MOJ COMHEHHE BO3MOYXHOCTH
COPIl-npousBogHbIX BE3UKYyJ TpaHCHOpTUpoBaTh IIpeXM u JIUIONPOTEHHBI
OYEHb HU3KOM IJIOTHOCTH, T. K. Y Milekonutaromux guamerp COPII-npon3BogHbIX
noyek 1 COPII-npon3BogHBIX Be3UKYI cocTaBisieT 65-80 um [184].

KpynHomonekynsipabie OCNKOBBIE arperarbl, HampuMep, MPOKOJUIAreH,
BcTpauBaroTcs B muctepHy KI' ¢ momomnipio komruiekca 0enkoB mokpeitTust COPIT
[237] u ¢ yuactuem GenkoBoro komiiekca TANGO1 [262].

[ToaTOMy OBLIIO BBICKa3aHO MpeArnoioxkenue, 4to neperoc [MpeXM u3z 3P k
KT’ OCYILECTBIISIETCS COPII-npousBoaHBIMH «METaBE3UKYIIaMI)
(MTPEeXMIIOMHKPOH-TPAHCIIOPTHPYIONUME Be3uKyIamMHu) nuamerpoMm 250 um [56,
235].

Wutepecno, uro Genoxk L-FABP in vitro criocoben reHepupoBarh «Mmera-
BE3UKYJIb» U3 MeMOpaH DP 3HTeporuToB 6€3 Kakux-1100 ITUTO30JIbHBIX OEIKOB,
YYaCTBYIOIIMX B CEKPETOPHOM TpaHcmopte [56]. OgHako Takue NMEpEHOCUYUKH HE
mMornu ciuBaThess ¢ MmeMOpanamu KI'. Bepostaee Bcero L-FABP sBnsercs
KJIFOUEBOM  MOJIEKYJIOl B OMOTeHe3e MPEeXUIOMHKPOH-TPAHCHOPTUPYIOIIHNX
BE3UKYJ, OJHAKO B MHOTOCTymneH4YatoM mnporecce nepeHoca XM u3z OP B KI'
HeoOXxoauMbI U apyrue oenku [160].

B o0Opa3oBannu «MeraBe3uKyI», Kak CYMTAIOT aBTOPbI, TPUHUMAIOT Y4acTHE
oenku TANGO1 u Mia2/cTAGES (TALI), yuacTByromue B TMepeMeNIeHUN
KPYITHBIX MOJIEKYJISIPHBIX KOHTIIOoMepaToB u3 DP B KI' B kj1eTkax MIIEKOMUTAIOIINX
[261].

Bo3MoxHas ponb «meraBe3ukyn» B Tpancnopte I[IpeXM ot OP k KI
npoaobkaer obcyxkaatbess [59, 156]. Mmerorcss cBeiaeHHMS O HaIUYMd B
¢ubpobnacrax arperaTtoB npokosiareHa I, popMupyommx CTpykTypy JIMHHON

10 300 HM, KOTOpbIe 00pa3yroTCs BHYTpH mpocBera muctepH DP. [78, 177, 206].
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Tpancrioptep moctaTodHo Oosbioro pasmepa mMoxeT chopmupoBatbess COPII-
TIOKPBITHEM | ¢ ydacTueM cyobeaunauiisl Sec3 1u 6enkoB TANGO [286].

[Toxazano, uto 6enok TANGOI1 cBszbiBaer TALI, u 06a B3auMOAEHCTBYIOT
c ApoB u HeoOxonuMmbl i pekpyTupoBaHus ApoB-comepxalmmx JIUIUIHBIX
YacTUIl B MeCTa BbIxojia OP sl MX MOCIEAYIONIEro SKCHnopta. XOTS SKCHOPT
ApoB tpebyer ¢pynkuuu kak TANGOI, tak u TALI, skcnopt npokosutareHa XII
TeMu ke kierkamu TpedyeT Toibko TANGOIL. Otu pe3ynbTaThl MOKa3bIBAIOT
o6mryto poib TANGO1 B skcriopTe HerabapuTHBIX Tpy30B u3 OP [261].

OpHako B HalleM HUCCIEJOBAHMM Mbl HE OOHApPYXHJIM MOPQOIOTHUECKHX
JI0KA3aTesIbcTB (POPMUPOBAHUS «METABE3UKYI» ISl TpaHCIOPTHPOBKHU [IpeXM.
Hu Ha OIHOM M3 Cpe30B TPAHCMUCCHOHHOW 3JEKTPOHHOW MHKPOCKOIIMH, HH Ha
cpe3ax, IOJYYEHHBIX JJIEKTPOHHO-MUKPOCKOINYECKOM TOMorpagueii Mbl He
HaOJIIOAAIM M30JUPOBAHHBIX METaBE3UKYJ, a Takxke moyek, nokpeiTeix COPII u
COJEpKallMX OCMHO(UIBLHOE BEIIECTBO, YTO MOATBEPKAAET THUIOTE3Y O
He3aBucuMoM oT COPII-nipou3BoaHbIX Be3ukylt Beixojae [IpeXM u3 OP [12, 56].

B TpaHcnopre IMNIonpoTeM0OB OYEHb HU3KOW IUIOTHOCTH IOKAa3aHa POJIb
eme ofHOro amantopuoro Oenka — ARF1 [124]. B kynbType KIETOK ¢
OTpULATENbHO JAOMUHUpPYIOIMM MyTaHTOM ARF1 oOpa3zoBaHue nuMmonpoTenioB
oueHb HU3KOM mioTHoctu (JIOHII) ymensbimaercs, a JUMONPOTEUAOB, OOTATHIX
TpUTIMUEpUAaMH, noBbiaeTcss. M Hao00poT, B ciydyae M30BITOUHOTO JABIEHUS
ARF1 cexpenus JIOHIT Bo3pacraer [231].

benox ARF1 yuactByer B oOpazoBanuu COPI-iokpeiTHSI, KOTOPOE B CBOIO
ouepenb npuBoAuT K GopmupoBanuio 52 kM COPI-npousBomubix Beaukyn [183].
Koaromep I (COPI) Bctpeuaercs B mpenenax Bceil cronku KI', HO wame co
CTOpOHBI 1Hc-nomoca. Ero gyHkuus onpenensieTcss aBTopaMu B 3aBUCUMOCTH OT
NPUHATHS UM TOW WM WHOU MoJenu Tpancnopta yepe3 KI' [81]. Ha ceroansimrHmii
JICHb HE BBI3BIBAET COMHEHHS KIIIOUEBAs pOJib OCNIKOB MOKPBHITUN B TPAHCIOPTE
JUNUAOB, KOTOpas B OCHOBHOM, CBOAMTCS K (OPMUPOBAHHMIO TPAHCIOPTHBIX
NEPEeHOCUYMKOB Ha Pa3HBIX dTanax CEKPEeTOPHOro TPAHCIOpPTa, OAHAKO

WHTEPIPETALUNA STOW POJIH MPOJIOJKAIOT 00CYKIATHCA.
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I[Ipy  MHOro3TamHOM  BHYTPUKJIETOYHOM  TPAHCIIOPTE  BO3HUKAET
HEOOXOMMOCTh B 00€CTIEYECHUH aIPECHOTO CIHUSIHUSI MEMOpaH CEKPETOPHOTO MyTH
C MEMOpPAHHBIM MEPEHOCYUKOM TPY30BBIX MOJIEKYJI. DTy POJib BBINOJIHSAET OCOOBII
kiacc TpancmeMOpaHHbix OenkoB — SNARE Oenku. Beuto mokaszaHo, 4to aiis
cnusinust  Be3ukys, coaepxkammx I[IpeXM, ¢ KI' HeoOXogumMo NpUCYTCTBUE
SNARE-kommiiekca, npencrapistomniero coooiir VAMP7 B kauectBe R-SNARE, a
Takke cMHTakcuHa S5, rbetl u vtila B kauectBe Q-SNARE [290]. Xots VAMP7 B
KJIETKaX MJICKOIUTAOMNUX OOBIYHO JIOKAJIU3YETCSd B JHAOCOMAX M SBISETCA
npeumyIiecTBeHHo moct-I'onbmku Oenxom [99, 178, 290], B KHIIEYHHKE OH
YHUKaJbHO mpucyTcTByer B OP. WHrubupoBanue anturenamu VAMP7 wnun
HapyIieHre paboThl FeHa MPUBOAMT K IpeKpalneHuo npoaykiuu [peXM [12].

Mexanuzmvl mpancnopma XuiomMuKpoHos uepe3 komniekc 1 o1v0oucu.

O mpomecce co3peBanus [IlpeXM B KI' uzBectno mano [200]. OnHako wmx
tpancnopT uepe3 KI' saBisieTcst 00s13aTelbHBIM, TaK KaK B 3TOM KOMIIAPTMEHTE
kieTku [IpeXM MeHSI0OT CBOM JIMMHUAHBIA COCTaB, TIIMKO3WIMPYIOTCS OCJKU
ApoB48, Brirouatorcst B coctas [IpeXM ApoAl u npouee [72].

Hamu wuccnenoBaHusi mokaszaiv, 4To uepe3 25 MHH. OCHOBHOW 0O0BEM
ANEKTPOHHO-TUIOTHBIX YacThll HaOmiogaercss Ha TpaHc-noitoce KI'. Ilpu stom
KOJIMYECTBO JJIEKTPOHHO-IUIOTHBIX YacTull B nuctepHax KI' Ha TpaHc-momroce
OpraHesulbl MOYTH B 2 pa3a BbIlIE, YeM Ha HHC-Todtoce. To ecThb Mbl HaOII0JaeM
KOHIICHTPUPOBAHUE JIUMHUIHBIX YACTHUI] B MPOCBETE LIMUCTEPH CTOMKH OT IUC- K
TpaHc-nontocy. Yepes 45 MUH. BCe TUNUABI MOKUIAIOT CTOIKY.

Ha ceropssiimiauii 1eHb 00CYXIalOTCS HECKOJIBKO MOJIENICH CEKPETOPHOTO
TPAHCIIOPTAa, OJIHAKO Yallle BCEro MNPUHUMAETCS, 4TO XM TpaHCHOPTUPYIOTCA
yepes KI' Be3uKyIsspHbIMU NTEPEHOCUNKAMMU.

«Be3ukynspHas» monenb, npemnoxennasn k. [lammane, npeanonaraer, 4ro
IMUCTEPHBI ~ TOcie WX  (OPMUPOBAHUS  CYIIECTBYIOT  TIOCTOSIHHO,  a
TPAaHCHIOPTUPYEMbIE MOJEKYJIbl MEePEMENIAIOTCS OT ILHMCTEPHbI K IIMCTEpHE
3aKIIIOYCHHBIMHA B MEJIKME TPaHCIOPTHBIC Be3uKysbl [196]. Ponbs TpancnopTepos

orBoaunack COPI- u COPII-nnpon3BogHbIE BE3UKYIIAM.
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IlonpITKa HKCTPAmoOJSALAMA HAIIUMX [JAaHHBIX Ha CYIIECTBYIOLIME MOJEIU
CEKpPETOPHOI'O TPAaHCIOPTa MOKa3ajia, YTO HET MOP(OIOTHYECKUX JT0KA3ATEIbCTB
nepeHoca XM uyepe3 KI' COPI-npousBogueiMu Be3ukyiamu. B crpykrype KI'
sHTepouuTa OKoJIo 10% MeMOpaH MpPUXOAUTCS Ha OKPYIJIbIE JHUCKPETHBIE
MeMOpanHubie ipodunu quamerpom 60-100 am — COPI-ipon3BoiHBIE BE3UKYIIBI,
KOTOpBIE (POPMUPYIOTCS Ha JIaTEpaJIbHOM Kpae CTONKU MPHU MOJIMMEPU3ALNU Ha
memOpane mmctepH OenkoB COPI-mokpeitus. KiroueBbiM  QaxTopom s
noJuMepu3aIiy MoKpbITHs siBisgerca manas [ Tdaza — 6enok ARF, 6e3 koToporo
HEBO3MOXKHO 0Opa3oBaHUEe Be3UKyJbl. brokupoBanue Qynkiuit ARF-Oenka
CHIDKaeT wiu Ookupyet Tpancnopt XM [231]. Tak y HokayTHbIX Arfrpl-mbimieid
HAOJI0AIOCh PE3KOE CHU)KEHHME BBICBOOOXKIEHHUS JIMIUAOB W3 KUIIEYHOTO
AMUTENUsS B TUM(Y U KPOBb, a TAKKE BbIpAXKEHHAs 3a/Iep>KKa pOCTa KUBOTHBIX U3-
3a cHWKeHus1 abcopOumu xwupa [25] u nakorienune B KI' 6enka ApoAl. [pu atom
YCBOEHHE JKHUPHBIX KHCIOT, a Takxke oOpa3zoBaHue u co3peBaHue [IpeXM Ha
IIEPBOM JTaIle, MPOXOIAIIEM Ha YPOBHE MEIOYKOB OP, HE MEHAIOCH.

Joctatouno Oosbiue pasmepsl XM (mo 300 MKM), 3HAYUTENIBHO
npesbimatomue guametp 50-60 um COPI-ipon3BOIHBIX BE3UKYJ, TAKKE HE AAIOT
OCHOBAHMI MpeIoiaraTh UX HEMOCPEACTBEHHOTO YYacCTHsl B TPAHCIIOPTE JTUIUIOB
yepe3 cronky KI' B kauecTBe TpaHCHOPTHBIX IEPEHOCYUMKOB. MBI TakxKe HE
OOHapy>XKWJM JUCKPETHBIX OKPYIJIBIX MEMOpaHHBIX Mpouiei, a Takxke
MeMOpaHHBIX OYEK, COAEPKALIUX dIEKTPOHHO-TIIIOTHBINA MaTepuai B 30He KI'.

HNMeer mpoTHBOpedMss M KJIACCUYECKUN BapUaHT MOJEIM «IPOTPECCUU U
co3peBanus 1uctepH». CornacHo nanHou mozenu [135], Genku, monae B mpoCBET
LUCTEPHBI HA LIHC-CTOPOHE CTONKH, MEPEMENIAIOTCA BJOJb CTONKH, HE MOKWIAs
npocBeTa 3TOM nucrepHel. [lo Mepe mepeaBHKEHUsS OT LUC- K TPaHC-TIOJIIOCY
O€JIKM MOCTENEeHHO «co3peBatoT». [Ipu 3TOM HOBBIE LUCTEPHBI (HOPMUPYIOTCS Ha
LUC-CTOPOHE CTONKH U3 npudkBaromux k KI' MeMOpaHHBIX TpaHCTIOPTEPOB, TOT/AA
KaK Ha TPAHC-CTOPOHE CTONKH M3 TMOCIAEAHEH LHUCTepHBI (POPMUPYIOTCS

MEPEHOCUNKH, HECYIIIME IPYy30BbIe MOJIEKYIbl K [IM. B nanHOM MOenun BE3UKyJIam
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OTBOJIMJIACH POJIb TPAHCHOPTHBIX MEPEHOCUYUKOB (DEPMEHTOB, YTO OOECHEUUBAET
MOATAITHOE CO3PEBAHUE ITUCTEPH.

OCHOBHBIM  MPOTUBOPEUMEM MOJICNIA  «CO3PEBAHUS W  MPOTPECCHUM
OPUMEHUTENBHO K TPAHCIOPTY JUIUIOB CTAId JaHHBIE, JEMOHCTPUPYIOIIUE
KOHIIEHTpaiio XM B mpoliecce MX MPOXOXKICHHUS OT IUC- K TPAHC-TIOJIOCY
cronku KI', MexaHusm KOTOpOTo, Ha CErOAHSIIHUM JIeHb, CJI0KHO OOBSICHUM.

B orimuune ot npeasiaynmx Mojenei, «kiss-and-runy - MogeIs WM MOJIENb
«CIUSHUS 1 TTOCIICIYIOIIEro pa3IecHus» KoMmmapTMenToB [173, 175, 176], umeer
MNOTEHIMA, YTOObl OOBSICHUTH OOJBIIMHCTBO CYIIECTBYIOIIUX JAaHHBIX O
tpancnopte XM uyepe3 cronky KI'. Moaens Obuia npeasioxkeHa ajisi 0ObsICHEHUS
MEXaHU3MOB TpaHcropTa OenkoB uepe3 KIT B KkiIeTkax MIIEKOMUTAIOMIMX
A. A. MuponoBsiM coBMecTHO ¢ I'. B. Besnycenko (2012, 2013) u ocHOBBIBaeTCS
Ha MEXaHU3ME HEIOJHOTO CAUSHUSA MeMOpaHn [172, 176].

JlanHast MOJIeNIb TIPEANosaraeT, 4YTo BO BpeMs TPaHCIIOpTa OCJIKOB COCETHHE
koMraptMenTel KI' momapHo coeaussitoTcss TOHKMMH 30-HM TpyOOYKaMHu.
O6pazoBanue u pa3pbiB TpyoOouek odecneunBator COPI-npon3BoaHBIE BE3UKYIIbI,
KOTOPBIC KOHTPOJUPYIOT «Kiss-and-run» wiM MeXaHW3M HEMOJIHOTO CIMSHHUS
MeMmOpaH. BpeMeHHoe o0oObeIMHEHHE JBYX IIMCTEPH B OJHOM MeECTE C
MOCJICIYIOIIUM Pa3JeICHUEM B JPYrOM IO3BOJIIET OOECIEUYUTh MEPEeMEICHUEe U
KOHIICHTPAIUIO TPAHCIIOPTUPYEMBIX TPY30B MO Mepe MPOXOXKIACHUS yepe3 CTOIKY.
Eciu  «rpy3oBasi» 001acTh  TPaHCHOPTUPYET MaKPOMOJEKYJbl  (Hampumep,
MIPOKOJIIAreH), TO TPaHCIIOPTEPhI He BcTpauBaroTcs B cronky KI', a mpoasurarorcs
BJIOJb CTOINKH, CJIMBasCh C JUCTAJIBHOM IUCTEPHOM U  OTHEISSICH OT
MIPOKCUMAIIBHOM.

ITokazano, dro g OKOHYATeIbHOH cOopkm XM  HE0OXO0IUMO
B3aUMO/IeHCTBUE OCJIKOB, y4acTBYIOIIMX B o0pazoBaHuu COPI-niokpbITHs, OEIKOB
maTpukca u Rab-0enkoB-penentopos [113, 216, 221]. [Ipu stom aktuBHOCTE COPI
SIBIIICTCS 00s13aTeIbHBIM ycioBHeM TpaHcmopTa [155]. B «kiss-and-runy - monxenwu
COPI-Be3uKkymbl SBASIOTCS MOP(GOJIOTMYECKO OCHOBOM MEXaHU3Ma HEMOJHOTrO

ClusiHUST MeMOpaH, KOTOpPbIH HEOOXOAWM JUIsi BOCCTAaHOBJICHHS-PA300IIECHUS
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SNARE-kommiekca, mo3Bosstomero (GopMUpoBaTh BPEMEHHBIE TYOYJIspHbIC
coenuHeHns Mexay nuucrepaamu K.

3amycK MeXaHW3Ma CIIMSHMS BE3UKYJ OCYIIECTBIISIETCS MOHAMH KaJIbLIMS,
KOTOpbIE BBIXOIAT U3 Onwxaimed wuctepust OP. 3OTo mpuBoautr K
MPUCOEAMHEHUIO IIUTO30JIbHON (poconumazel Ay K MeMOpaHaMm TJIACTUHYATOTO
komiutekca [259]. JlanHbIli (epMEHT KaTalu3MPyeT OTIICIUICHHE OJHOM Ienu
XKHUPHBIX KUCIOT OT (HOCHATUAUIOBON KUCIOTHI U TMOBBIIAET YyBCTBUTEIBHOCTD
MeMOpaHbl K OOBIYHOM KOHIIEHTpAallMM KalblMs B IUTO30J€e. bonee Toro,
paBHOBECHE MEXIY OOpa30BaHUEM U CIUSHHEM Iy3bIPHKOB CMEIIAETCS B MOJb3Y
ux cmusgHud. [Ipn cimsaum ¢ nuerepHor KIT COPI-mpon3BogHOM BE3UKYIIBI,
Hecymei Ha MemOpane dactb Q-SNARE (membrin, GOS28), na mem6pane KI'
BoccTaHaBnuBaeTcs SNARE-koOMIIEKC, YTO NPUBOAUT K CIUSHUIO COCEIHMX
MeMOpaH koMmiuiekca ['onbmxu mMexnay coOoi. LlucTepHbl, 00bEIUHASICH MEKIY
cO00i1, OKa3bIBAIOTCS CBA3AHHBIMU TOHKUMU MEMOPaHHBIMH TPYOOUKAMHU.

®docdonunaza-2 NO3BOJSAET OCYIIECTBUTH JIOMOJHUTEIBHOE CIUSHUE MEXKTY
JIOMEHOM, COJIEpKAIllUM TPAHCIIOPTHUPYEMBbIE OEJKH, U CPEIHUM KOMIAPTMEHTOM
KT 3a cuer moBbIIeHNs] YyBCTBUTEIBHOCTH MeMOpaH K HOHaM KaibIus. [1pu aTom
KOJIMYECTBO BE3UKYJ YMEHBIIAETCS, TaK KaK PaBHOBECHE CMEIIAETCS B CTOPOHY
NOTJIOIIEHHS] BE3UKYII.

B memnansHoM kommaptMenTe KI' BakHYHO poOjb UIpaeT LUTO30JbHBIN
SNARE-6enmox  Ykt6, KoTopwlii BCTpauBaeTcsi B MeMOpaHy OpraHelibl,
aleTWINPYETCS W, B JAJbHEWIIEM, Y4YacTBYeT B CIUSHHH TPAaHCIOPTHOIO
nepeHocurka ¢ MmemOpanoit KI'.

Taxum 006pazom, TPaHCTIOPTHBIN NEPEHOCUNK BCTPaUBAeTCs COOKY B CTOIKY
KI'. Tlocme cnusiHMS [BYX IOCJIEIOBATENBHO PACHOJIOKEHHBIX KOMIIAPTMEHTOB
3aIyCcKaeTcsl Mpolecc, BEAYIIUHA K pa3pbiBy TYOYISPHOIO COEIUHEHUS] MEXIY
JBYMSl TpEABIAYIIMMH KoMmapTMeHTamu. lIpu 3TOM dYacTh NpPOKCHMMaJbHOIO
KOMIIAPTMEHTAa  MHTErpupyercs B JUCTAIbHbIA.  JIMHA  mociemHero

YBCIIMYHNBACTCA.
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[Tocne Toro, Kak TPaHCIOPTUPYEMBIN JOMEH OKa3bIBAETCSl OJIMKE K TpaHC-
nomtocy KI', mist HEro cTaHOBUTCS BO3MOKHBIM CIUSIHHME, C, TaK HA3bIBAEMBIM,
OH/IOCOMANIBHBIM TYOYJSIPHBIM TpaHC-CIUIeTeHHEeM. [Ipu 3TOM TpaHC-CIIIeTeHHE
nepemeniaercs kK Tpanc-nontocy KI' u u3 Hero gpopmupyercs nociequss UCTepHa
opraHesuisl — TpaHc-uucTepHa. OHa, B OTVIMYME OT LIMC- U MEIUAIBHBIX LIUCTEPH,
UMeEET OTIIMYUTETBbHYI0 OCOOCHHOCTh — COJIEPKUT MEMOpPAHHbIEC MTOYKU, TTOKPHITHIC
KJIATPUHOM. EcCiIM TpaHCnopT 4depe3 LUCTEPHY OTCYTCTBYET, 3TOW LMCTEPHBI HA
IJJACTUHYATOM KoMriuiekce HeT. [lpm 3TOM camas mnocienHss MeauanbHas
LMCTEpPHA OpraHeJuIbl NpHUKpbIBacTCs LucrtepHod OP. JlaHHas 3aKOHOMEPHOCTH
OblJJa HaMM TakXe I0Ka3aHa B OTCYTCTBUM JIMIIMAHOM HArpy3ku mnocie 24-
4acOBOT'0 rOJIOAAHUS KUBOTHBIX.

[Ipu BoO30OHOBIEHMU TpaHcnopTa uepe3 cronky KI', Tpanc-crnerenue
MIPUCOCINHACTCS K MEIUAIBHON IUCTEPHE OPraHeUIbl, OTTECHAS LUCTEepHY OP.
OHO CONEPKUT KIIATPUHOBBIE IIOYKN U MECTAMU TOKE IPUKPBITO HUCTEPHOU OP.
Buaumo, mpu OTTECHEHMM UIUCTEpHBI OP OT CTONKM MPOUCXOIUT PE3KOE
yBelIMYeHHe BbIOpoca u3 OP HOHOB KalbliMs, YTO MOTEHUUPYET CIUSHHE
TPAHCIIOPTHOTO IIEPEHOCUYMKA, HECYLIEro C TPy30BbIE MOJEKYJbl, C TpaHC-
cruietenueM KI'.

Oto cnusaue onpenensiercss cmeHot SNARE-GenkoB, koTopbie (PUKCUPYIOT
TPAHCIIOPTHBIM TNEPEHOCUYMK HA TPAHC-TIOJNIOCE CTONKHU. 3IECh IEPEHOCUYUK
0CBOOOYKIaeTCs OT (PepMEHTOB IMIMKO3WIMPOBAaHUS U HanpasisieTcs kK [IM [172].

Takum oOpazom, 1151 0OBSICHEHUS] TPAHCIIOPTUPOBKU arperatoB XM uepes
KI' HanOONBIIyI0 COCTOATEIBLHOCTh, Ha Hall B3MJIsA, uUMeeT «kiss-and-rany» -
MOJIeJIb, KOTOPasi HAIOMUHAET MOJIENb «CO3PEBAHUS M MPOTrPECCUU LUCTEPH)», HO
OOBSICHSIET POJIb BPEMEHHBIX TYOYISIpHBIX COeAMHEHHH Mexay OP u 1uc-
['ompxu, a Takxke mexay komnaptmeHtamu KI'. Kpome Toro, moaens no3Bosser
00bsicHUTh posib COPI-mpou3BOAHBIX BE3UKYJ, B YAaCTHOCTH UX HEOOXOAMMOE
yuactue B cekpeunn XM npu HeOosbiioM konuuectBe B cTpykrype KI'. COPI-
BE3UKYJIbI, peryaupys npouecc GopMUpOBaHUs/pa3aeiaeHus TyOyJSIPHBIX

COEIMHEeHUN MeXy cocenaumu memopanamu KI', obecrneunBaroT ¢popMupoBanue
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OEJIKOBBIX, JIMIMUAHBIX U KOHLIEHTPALMOHHBIX I'PaJUEHTOB BJOJIb CTOIIKH, a TAKXKE
criocoOHbI OJ0KHpoBaTh TpaHcopt uepe3 KI' [233].

Ponv  mesickniemounvlx  KOHMAKMO8 U YUMocCKeiema SHmepoyuma 6
MPAHCYUMO3€e XULOMUKPOHOS.

O BO3MOKHBIX MEXaHHU3MaxX BbIxoaa XM U3 30HbI MaJIbIIEBUAHBIX KOHTAKTOB
DHTEPOLIMTA K COOCTBEHHOH IJIACTHMHKE CIIM3MCTOM OOOJOYKM TOHKOW KHILIKU
U3BECTHO HEMHOTO.

TpaHCUUTO3 NUOUAOB MPEACTABISIET COOOW CIIOKHBIA MHOTOCTYHEHYATHII
npouecc. Ha HauanbHOM 3Tame BcachblBaHUS JIMIKJOB BAXKHYIO pOJIb UIPAIOT
MUKPOBOPCHUHKH, KOTOpPBIE HE TOJBKO YBEIMYMBAIOT IUIOMIAh IOBEPXHOCTU
KJIETKM, HO M, COKpaulasch, CHOCOOCTBYIOT NPOABM)KECHUIO JIMIHMJIOB IO
I1a3MaTHYECKON MeMOpaHe OT «UIETOYHOM KaeMKW» K 0a3ojiaTepajbHOW YacTH.
Hamu Obuto moOKa3aHO, 4YTO Ha HayallbHOM JTalle BCAChIBAHUS JIUIHIOB
IPOUCXOAUT YMEHBIICHUE JJIMHBI MUKPOBOPCUHKHN OJJHOBPEMEHHO C YBEIMUECHUEM
ee JAuaMeTpa MO CPaBHEHHIO C KOHTpoJieM. Mop(oJIOrHYecKytd OCHOBY 3TOTO
nporecca 00ecIeunBaeT CII0KHO OPTaHW30BAHHBIN IIUTOCKETET MUKPOBOPCHHKH.

LlenTpanpHass 4YacTh  LMTOCKEJIETa  MHUKPOBOPCUHKU  (OpMHUpPYETCS
AKTUHOBBIMH MUKpPO(HUIAMEHTAMH M B3aUMOJICHCTBYIOIIUMHA C HUMH OeIKaMu.
Ona 3akpemjieHa B aNUKaJIbHOM CETH AaKTOMHMO3MHA U MPOMEXKYTOUHBIX
¢uIaMeHTOB, TaKk Ha3blBaeMOl TepMuHaibHOW cetu dHTeporuTa [203]. B sape
MUKPOBOPCHUHKH AKTHHOBBIE (DHIIAMEHTHI CBSI3aHBI B MYyYOK OEIKaMU AICIHHOM,
GuUMOpHHOM ¥, anWKaabHO, BWIUIMHOM [167], KOTOpbBIE CHIMBAIOT W
CTa0MIIM3UPYIOT aKTUHOBBIE BOJIOKHA [264]. ®DUMOpUH, YBEIMUUBACT )KECTKOCTD U
HOPSIIOK PACIIONIONKEHUSI MUKPOBOPCUHOK [61]. B ero oTcyTcTBIE MUKPOBOPCHHKH
CTAHOBATCS KOPOYE M MMEIOT MEHee ymopsjaodeHHoe «siapo» [204]. BwumH u
(GUMOpHH CBSI3BIBAIOTCS C pa3HbIMU JomMeHamMu F-aktmHa M MoryTt paboTaTh
coBMecTHO [254, 266]. Tem He MeHee, PU YAAJICHUU JAHHBIX OCJIKOB CTPYKTYpa
MUKPOBOPCHUHKH MEHSIETCSI HE3HAUMTENBHO, YTO YKA3bIBA€T HA HUX BO3MOXKHYIO

KOMIICHCAIIUIO APYTHUMH, K HACTOAIMIEMY BPCMCHH HCHU3BCCTHBIMH, MOJICKYJIaMU

[187].
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MuKpOBOpPCHHKA YKOpauWBaeTCs M HapyllaeTcss €€ apXUTeKTypa IpHu
orcyrctBun 6enka Crb3 u anukanbHoro 0eixka ERM-33puHa, crimBaroniero akTua
C amMKaJIbHOM MEeMOpaHOW »SHTEPOIUTa, YTO YyKa3blBa€T Ha WX pOJb B
dbopMupoBannn U crabmnmsanuu [225] merounoit kaemku [62], XOTs OCHOBHBIE
MEXaHHU3MBI 0CTarOTCs HesscHbiMu [101].

MuxkpodunaMeHTsl TOAISPKUBAIOT MAaJIBICBUAHYIO (OPMY amnMKaIbHON
YacTH IJIa3MaTHYECKOW MeMOpaHbl OJarogapsi CoupalbHOM cUCcTeMe MeMOpaHHO-
MUKPO(HIAMEHTHBIX CBSI3EH.

TepMuHanbHasE CETh YHTEPOIIUTA COCTOUT U3 (UIAMEHTO3HOTO MaTepuaia u
IIUTOCKENIETHOW CETH, CBSI3aHHOM C COCIMHUTEIBbHBIMH KOMILUIEKCaMU KIETKU. B
Hell BbisIBIIsIIOTC Oenku MuoswH u auenpun [179]. Keller T. C. et al. (1985)
WCCJICIOBAI POJIb MUO3WHA B COKPAIICHHH TEPMHHAIBLHOW CETH M TIPEIITOJIOKHIT
CYIIICCTBOBAaHHE, 10 MEHBIIECH Mepe, IBYX pa3HbIX MOJMHOXKECTB MHO3MHA [223].
Benesh A.E. et al. (2010) noxa3amu, 4TO MHO3MH-la CBSI3BIBAET aKTUH C
aNMKabHOW  YacThlO  IJIa3MaTHYECKOW MeMOpaHbl dHTepouuta [7/1] wm
o0ecreunBaeT CKOJBKEHHE MEMOpaHbl MUKPOBOPCHUHKH BJOJb ITYYKOB aKTHHA
[168].

Takum 00pa3om, B TEPMUHAIILHON CETH SHTEPOLUTA (OPMHUPYETCS CIHOKHBIMI
KOMIUIEKC IIUTOCKEJIETHBIX M COKPATHTEIBHBIX OCIIKOB, B3aUMOJICHCTBHE KOTOPBIX
o0ecrieunBaeT COKpalleHHe MHUKPOBOPCHUHKH, UYTO MOXET CHocOOCTBOBATH
TIPOJIBIYKCHHIO JIUITH/IOB BIIOJIb AIMKATBLHON YaCTH IJIa3MaTHIeCKO MEMOpPAaHHI.

Yepes 45 wMuH. Tocle Hayaja BCAChIBaHHS OOJBIIMHCTBO JIMITHIOB
CKAIUIMBACTCS MEXAY CIIO)KHBIMH TaJIbIICBUIHBIMA KOHTAKTaMH, HaJ M O]
OazanmpHOM MeMOpaHo. [IpoaBKeHNE TUITHUI0B U3 30H IMAJIBIICBUIHBIX KOHTAaKTOB
K Oa3anbHOM MeMOpaHe CHOCOOCTBYET CJIOXKHO OpPraHM30BAHHBIA KOMILJIEKC
KOHTAKTOB 0Oa3ojlaTepajbHOW YaCTH TUIa3MOJEMMBI M IIMTOCKEIEeTa KICTKH. MBI
noareepauan aanasie Krndija D. et al. (2019), koTopbie MpoaeMOHCTPUPOBAIH
UMMYHO-(ITFOOPECIICHTHBIM aHaJN30M aKTHHO-MHO3MHOBYIO «MAaHKETKY» BIIOJIb

0azo-naTepanbHOi TOBepXHOCTH TuTazmMosieMMbl [18]. Hamu Obutn 0OHApyKEHBI
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Ny4YKd  TOHKUX  (UIAMEHTOB,  PACHOJIOKEHHBIX  MEXAY JAECMOCOMAaMH,
OrpaHUYMBAIOIIMMU NaTbLIEBUIHBIN KOHTAKT.

Bo Bpems TpaHCUMTO3a JIMIIMJIOB IIUPUHA MEXKOHTAKTHOM WIEJH,
3aMOJHEHHON OCMUO(MUIBHBIMU YacCTUIAMH, YBEJIMYUBAETCSA, MO CPAaBHEHUIO C
KOHTpOJIEM, B JBa pa3a Ha 25-1 MHUHyTE€ JKCIIEpUMEHTAa W B TpU pa3a Ha 45-i
MuHyTe. OIHOBPEMEHHO [JIMHA JIATEPaJbHOM MPOEKIUU MaJbLEBUIHBIX
KOHTaKTOB Ha O0a3zosaTepaibHyr0 MMoBepXHOCTh IIM sHTepommTa BO3pacTaer
npuOAN3UTENBbHO B 1,5 pasza depe3 25 MUH. MOC/ie Hayajla BCAaChIBaHUS U MOYTH B
JBa pasza 4depe3 45 MuH. mocie Hadaja BcacblBaHMs. CieayeTr OTMETUTh, YTO
yKa3aHHbIE M3MEHEHUS CTAHOBATCS OO0Jee BBIPAKEHHBIMU B HalpaBJICHUH
O0asasibHOTO mojdroca dHTepouuTa. [lpm  3TOM JyIMHA  KOHTAKTHPYIOIIMX
NIOBEPXHOCTEN B MAJBLEBUIHOM KOHTAKTE MEXAY COCEIHUMHU JECMOCOMAaMH HeE
MEHSETCS. DTO CBUAETEIBCTBYET O TOM, YTO JECMOCOMBI HE TOJBKO 00ECTIEUHBAIOT
IPOYHOCTh MOHOCJOS, CBA3BIBAsI B €AMHYIO CE€Th TOHKHE (MIAMEHTBHI COCEIHMX
HSHTEPOLUTOB, HO W, BIUIETAACh B TOHKHE (PUIAMEHTHI KJIETKH, MPEAOTBPALLAIOT
«TIEPEHAIIOIHEHUE) JIUMHUJIAMUA MEXKJIETOYHON HIENU U MOBPEXKICHUE MOHOCIIOS.
Hamm HaOmoneHuss MO3BOJIAIOT MPEANOJIOKUTh CYIIECTBOBAHHWE HEKOTOPOTO
MEXaHU3Ma, «BBIJABIMBAIOIIECTO» JIUIOUABI M3 30Hbl WHTEPAUTUTUPYIOIIUX
KOHTaKTOB K 0a3ajbHON MeMOpaHe SHTEpOIINTA, KOTOPHI MOKET 00eCTieunBaThCs
COKpAILIEHUEM ITYYKOB aKTHHOBBIX MUKPO(PUIAMEHTOB.

Harnerasicb B poCTpaHCTBE MEXY SHTEPOLIMTOM U 0a3aibHOU MeMOpaHO,
JMMHIBI CO3JAI0T AaBJIEHUE, CIIOCOOCTBYIOIIEE JaIbHEHIIIEMY UX MPOJBUKECHHUIO.

Hamm nccnegoBanus mokasaiu, 4To y KpbIc nociie 24-4acoBOro rojiofaHus,
0a3anpHas MeMOpaHa MpeAcTaBlieHa TOHKOW MOJIOCKOM OJHOPOJHOTO aMOp(hHOTOo
BEII[ECTBA CPEHEN AIEKTPOHHOM MIOTHOCTH. DEeHECTPHl B MEMOpPAHE BCTPEUATUCH
peaKo, TeM He MeHee, B 30HaX ()EHECTp PErucTPUPOBAIUCH KIETKU UMMYHHOU
cucteMmbl. PsymomM aBTOpOB OBLIO BBICKa3aHO MPEAMNOJIOXKEHUE, YTO (HEHECTpPhI
TOHKOM KHWILIKH CBSI3aHbI C PETyJsIIUed BCACBHIBAHMS TMHUTATENIbHBIX BEUIECTB, B
YaCTHOCTHU JIMIHUAOB, U3 MEXKJIETOYHOTO MPOCTPAHCTBA IMUTENUs K COOCTBEHHOMN

TUTIACTUHKE CIIM3UCTOMN O6OJIO‘—IKI/I, 4yTO OBLIO MMPOACMOHCTPUPOBAHO YBCIMYCHUCM
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KoJM4ecTBa M pazmepa ¢eHecTp OazanbHOW MeMOpaHbl TMOCIe KOPMIICHUS
KUBOTHBIX [74].

Mps1 Hanu MOPQOIOTUIECKUE JTOKA3ATEIhCTBA YUACTUS KIETOK UMMYHHOU
CUCTEMBI B IIPOLIECCE BCACHIBAHMS JIMMTUIOB. B aKCrieprMeHTe Mbl pErUCTPUPOBAIH
CKOTUICHHS JIMITHIOB HAJl M 101 0a3aabHOM MEMOpaHOH, a TaKKe B MPOCBETE IOP
BMECTE C OTPOCTKAMU JICHJIPUTHBIX KJIETOK, KOTOpbIE ObUIM MACHTU(PHUIIUPOBAHbBI
HaMH Ha OCHOBE YJIbTPACTPYKTYPHBIX KpuTepueB [64].

Takum oOpa3zom, u3ydyeHHbIE HaMU OCOOEHHOCTH CTPOEHUSI SHTEPOIUTA B
OTCYTCTBUHU U BO BPEMs TPAHCIOPTA JHUMHUIOB U3 MIPOCBETA KUIIKA B COOCTBEHHYIO
IJTACTUHKY KHIIEYHOW BOPCHHKHM TIO3BOJISIIOT TOBOPUTH O CYIIECTBOBAaHUU
HEKOTOPOr0 HACOCHOI'O MEXaHM3Ma, CIIOCOOCTBYIOIIETO MPOJBUKEHHUIO JIMIHOB
yepe3 SMUTENUN KUIIKY U UX HATHETAHUIO B CTPOMY BOPCHUHKH.

Tpaucnopm aunudog uepe3 0A3ANbHYIO MeMOpAHy 6 COOCMBEHHYIO
NIACMUHKY KUWEYHOU 80PCUHKUL.

Ha cnenyromem stane XM AODKHBI MPEOONETh Oa3alibHYl0 MeMOpaHy,
JeKallyl0 Ha TPaHUIE DIUTEIHATBHOTO CJOS W COOCTBEHHOW IUTACTUHKH
KumieyHo BopcuHKU [141]. Panee ObuTO BBICKa3aHO mpearnoyiokeHue [74], uro
XM mpoxomsar yepe3 (peHecTpbl, MpeaHa3HAYCHHBIC NJII MUTPHUPYIOMINX KIIETOK
UMMYHHOM cHCTEeMBbl. A Takxke ObUIO IOKa3aHO, YTO KOJMUYECTBO M pa3Mep
dbeHecTp YBEIWYMBACTCS B TOIICH KHUIIKE XUBOTHBIX IOCIE KOPMIICHHS, YTO
MOJKET OBITh CBSI3aHO C PEryJIsAlMel BCachlBaHUs MUTATEIbHBIX BemiecTB [74, 140,
260].

JleficTBUTENBHO, MTOCTE 24-4acOBOr0 TOJO0/IaHUS Yy KPBIC MOPHI B Oa3albHOU
MeMOpaHe perucTpupyrorcs peako. Hamporus, depe3 45 MUHYT mociie BBEICHUS
XUMyca MbI HAOJIFOaéM MHOTOYHMCIICHHBIE TTOPHI C JIMMHUIAMUA B MPOCBETE, B YaCTU
U3 KOTOPBIX OOHAPYKMBAIOTCS LUTOIIA3MAaTUYECKUE OTPOCTKUA KJIETOK C
YIBTPACTPYKTYPOH, XapaKTePHOU JUIsl EHIPHUTHBIX KJIETOK, OMUCAHHBIX paHEE B
nuteparype [1].

Jlonroe BpeMsi He OBIJIO U3BECTHO O CYIIECTBOBAHWM JICHIPUTHBIX KIETOK B

SMHUTEINKA KHIIKKM, W uX npuHumand 3a jumbonutel  [220].  Omgnako
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YIBTPACTPYKTYpPa «CBETJIBIX» KJIETOK B COCTABE SIUTEIUS U JUMQPOIMTOB UMEET
pasznuuns. [{uTomnasma AEHAPUTHBIX KJIETOK OTHOCHTEIIBHO OeaHa OpraHeiiaMH,
a WX OTPOCTKH 00pasyloT IUIOTHBIE COCJAMHEHUS C dHTepormTamu [64], koTopsie
Tak)ke ObLIM HAMU MTPOJIEMOHCTPUPOBAHBI.

N3BecTHO, YTO AEHAPUTHBIC KJIETKUA BOBJICYCHBI B MIEPEHOC OakTepuii yepes
KHIICYHBIN snutenuid [64, 217]. Tlpu 3TOM OHH JIETKO OTKPBIBAIOT ILIOTHBIC
COCIMHECHUS MEXKIy DHTEPOIUTAMH, CHUHTE3UPYs OCTKH TUIOTHBIX COCIMHCHHM
CDI11b u CD8a, CX3CR1 [63], ¥ NpOHHKAIOT CBOMMH OTPOCTKAMH B IIPOCBET
KUIIIKH, HE HapyIllas MPU 3TOM LETOCTHOCTH AIUTEIHAIIBHOTO TIIacTa.

Takum oOpaszom, OazanbHass MeMOpaHa MpeCTaBisIeT coO0M oOpa3oBaHuUE,
KOTOpOE€ 00EeCreynBaeT AUHAMUYECKOE B3aWMOJCHCTBUE MEXKAY IMUTEIUATBHBIM
CIIOEM H COOCTBEHHOW IUIACTUHKOM, XOTS OOBIYHO CUMTAETCS >KECTKOM
CTPYKTYPOM, ACHCTBYIOMIEH B KauecTBe Oapbepa [141].

[Ipoxoas uepe3 OazanpHyr0o MeMOpaHy, XM OKa3bIBalOTCS B OCHOBHOM
BEIIECTBE COOCTBEHHOW TUIACTUHKH CIM3UCTON OOOJOUKHM, MEXIY €€ KIETKaMH,
BOKPYT' KPOBEHOCHBIX U JuMpaTrndeckux kanuwuisipo. [locie mosiiaenus XM B
WHTEPCTHUIINHM, TOCIAEAHUN  pacTsIruBaeTcsi. OTO  BBI3BIBACT  COKpAICHUE

TJIaJKOMBIIIICUHBIX KJICTOK KUIIIEYHOW BOpcHHKH [281].
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3AK/TIOYEHHUE

B menoMm, npoBenéHHOE HAMM HMCCIECAOBAHHUE IO3BOJLIET IPEICTABUTH
TPAHCIOPTHBIN MYTh JUIHUAOB YEPE3 AMUTETUAIBHBIN MIACT KUIIEYHOM BOPCUHKH
CJIEIYIOLIUM 00pa3oM.

[Ipy ABMKEHMHM W3 MOJIOCTUM KUIIKH B COOCTBEHHYIO TJIACTUHKY JIAIIHIbI
MPEOJIOJICBAIOT UEbId psifi O0apbepoB, OCHOBHBIMU U3 KOTOPBIX SIBJISIOTCS:
mIa3MaThudeckass MeMOpaHa MHUKPOBOPCHHKH SHTEPOIMTA (amWKajdbHAs dYacTh
MJIa3MaTUYECKOW  MeMOpaHbl  PHTEPOLMTA), TIAJKUM  HIHAOIIIa3MAaTUYECKUN
pETUKYIIOM, KOMIUIEKC [onb/ku, Oa3zonaTepalibHas dYacTh IJIa3MAaTHYECKOU
MeMOpaHbl JHTEpoluTa, Oa3anbHas MeMOpaHa KHILIEYHOro Jnurenus. B
COOTBETCTBUM C JAHHBIMU CTPYKTypaMH TPAHCIIOPT JIMIUAOB YE€PE3 KUIICUYHBIN
SIIUTENUN MOYKHO Pa3AeiInuTh Ha JTAIIbI.

Ha nepBoM sTare aunuabl U3 MOJIOCTU TOHKOW KHUIIIKU TMOMNaaloT B OUCIION
anUKaJIbHOM 4YacTW TUIa3MaTHYECKOM MeMOpaHbl dHTepouuTa myTem auddys3uu.
Cokpatienie (priaMeHTOB TEPMHUHAIBHOM CETH MHUKPOBOPCHHOK SHTEPOIUTA
o0ecrieurBaeT TEUCHHUE JIUIUOB JI0 MJIOTHOTO KOHTaKTa, KOTOPHIN MPENSITCTBYET
JaJbHEHUIIEeMY WX JBIJKCHHIO B KICTOYHOM MeMOpaHe. JIMMUIBI BHIXOIAT W3
Ouciios Mia3MoOJeMMbl W HampaBisiloTcss B [OP, 1ucTEepHBI  KOTOPOTO
pacrmoyiaraloTcsi B HEMOCPEACTBEHHOM OJM30CTH OT IUJIOTHOTO KOHTAaKTa.
[IpoAOMKUTENBHOCTD JAHHOTO 3Tara COCTABISAET 5 MUHYT.

Ha BropoM »srame maunuabl C TOMOLIBIO  OEIKOB-NIEPEHOCUHUKOB
nepemeniaroTcs B uuctepuny ['OP, pecunre3upyrorcs, moiayyas KOMIUIEKC OEIKOB,
npexzae Bcero ApoB48, u tpancnoptupyrorcsa B cronky KI'. Hame uccnenoBanue
nokasayio, uro nepemernienne [IpeXM, chopmupoBasmuxcs B ['OP npoucxonut
6e3 yuactuss COPII-pou3BOAHBIX BE3UKYJI, a TaKXKE€ WHBIX JUCKPETHBIX
MEePEHOCYMKOB. MBI OOHApPYXWJIM, YTO CTPYKTYpPhl, COJEpKaIIUe JIUIUIBI,
coenuaenbl ¢ nucrepHamMu [DOP m KI' ToHKMMU MeMOpaHHBIMU TPyOOUKaMH.
Jlunnnpl BeTpedaroTcs B HUCTEpHaxX raagkoro DP m nmepBeix mucrepHax KI' Ha

MUC-TIOJIOCE OpTraHCJIbl YEPE3 10 MHHYT OT Ha4dajla 3KCIICPUMCHTA.
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Tpetuil 3Tam TpaHCHOpTa COOTBETCTBYET IEPEMEIICHUI0 XWJIOMHKPOHOB
yepe3 cronky KI. Ilo nHamemy MHEHHWIO, HamOoJiee BEpPOSTHOW MOJEIBIO
tpancropra XM uepe3 KI' sBisercs moaens «Kiss-and-run». B ee ocHOBe nekuT
MEXaHU3M «HEMOJIHOTO CIMSHUS» MeMmOpaH, KoTopelii peanmn3yror COPI-
IPOU3BOJHBIE BE3UKYJIbl. OHH, BOCCTaHaBIMBas (IIPU HEMOJHOM CIUSHUMW) WIIU
pazobmias  (mpu  otuieruieHnn) koMmiuieke SNARE-6GenkoB, crmocoOcTBYIOT
BCTPAWBAHUIO U ITIOCTEIIEHHOMY NEPEMELIEHUIO MEPEHOCUNKA C JUIMIAMH BJIOJb
cronku KI'. Cnustnue COPI-nnpon3BoHbixX Be3ukyn ¢ MeMOpanamu KI' npuBoaut
K 00pa30BaHUIO0 BPEMEHHBIX TYOYJISIPHBIX COCIUHEHUN MEXIy KOMIApTMEHTaMU
ctonku. [Ipm 3TOM MeMOpaHHBIA MEPEHOCUYHK C XWJIOMHKPOHAMHM HHUKOIZIa HE
OCTAETCs MOJHOCTHIO U30JUpOBaHHBIM OT muctepH KI'. JIunuael BcTpewaroTcs Ha
npoTskeHun Bced cronku KI' B JatepanbHbIX pacHIMPEHUSX LUCTEPH, 8 TAKKE B
nocT-I obKM MEpeHOCUMKaX Yepe3 25 MUH. OT Havasa BCAChIBAHMUSL.

Ha uerBepromM sTame naumuabl MPOXOJAT yepe3 Oa3ojaTepalibHYIO YacTb
1a3MaTUYecKod MeMOpaHbl M HAKaIUTMBAIOTCS B MEXKJIETOYHOM IPOCTPAHCTBE
MaJbLEBUIHOTO KOHTAKTA.

[IaTeiii 3Tanm TpaHCOPTAa COOTBETCTBYET MPOXOXKICHUIO JIUIUIOB YEpE3
0a3abHyl0 MeMOpaHy SIUTENHsS TOHKOW KHIIKA B WHTEPCTULIUM COOCTBEHHOM
IUJACTUHKM  KUIIEYHOM BOpPCUHKHU. llepemenieHne XWJIOMUKPOHOB — 4epes
0aza’nbHyI0 MeMOpaHy BO3MOXHO OJyarojapsi mnopam, KOTOpble (OpPMUPYIOTCS
OTPOCTKaMHU JICHJIPUTHBIX KJIETOK. HakomieHue munmaoB B IPOCTPAHCTBE
MaJIbIIEBUTHOTO KOHTAKTA M BBIXOJl UX B MHTEPCTHUIIMN COOCTBEHHOM IIACTUHKH
KHUIIIEYHOW BOPCUHKHU ITPOUCXOUT K 45-11 MUH. SKCITIEPUMEHTA.

OcoOyto posib B TpPaHCIOPTE JIMIOUAOB Yepe3 SHUTENUATbHBINA IIACT
KHUIIIEYHOW BOPCHUHKHU UTPAET KOMILJIEKC MEXKIETOYHBIX KOHTAKTOB SHTEPOIUTA U
LMUTOCKEJIET KJIETKA. B 4aCTHOCTH, IUIOTHBIA KOHTAKT, KOTOPBIM PacHoyaraercs
BOJIM3M OCHOBAaHUS MHKPOBOPCHHKHM DSHTEPOLIUTA, OOYCIIOBIMBACT MEPEXO]
JUNUAOB U3 OUCIION TUIa3MOJIEMMBI B LIMTOIIa3My. JlecMOCOMBI, pacnoioKeHHbIE
MEXAYy NaJbLIEBUAHBIMU KOHTAKTaMH, O0ECIIEYMBAIOT IPOYHOCTh IMUTEIUATILHOTO

ClIosd W HIpeaoTBpalIarOT 4YpEe3MCPHOC HAKOINUICHHUC JIMIIMAOB B MCKKIICTOYHOM
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IPOCTPAHCTBE, A TaKXKe CIOCOOCTBYIOT OOBEAMHEHHIO TOHKUX (DUIAMEHTOB
LUTOCKEJIETa COCEAHUX OJHTEPOUUTOB B 00wyt cetb. Kpome s3toro, Hamm
OOHApy)XeHbl ~MyYKH AaKTUHOBBIX  (UIAMEHTOB, PACIOJIO)KCHHBIE  BJOJb
0a3onaTepaibHONM YacTU IJIa3MOJIEMMbl M BIUIETAIOIIMECS B MUKPO(QUIAMEHTBHI
JecMocoM. Mpbl monaraeM, 4YTo TOJ00HOE B3aWMOPACIIONIOKEHUE DJIEMEHTOB
LUTOCKEJIETA, CBSI3aHHBIX C MEKKJIETOUHBIMH KOHTAKTaMH, CIIOCOOHO 00ECIIeUnTh
COKpAIllCHHE YyYacTKa KJIETKM W BblJaBIMBaHHE XM B CTOpOHy Oa3aibHOI
MEMOpaHBbI.

Takum o6pasom, B cpeaHem uepe3 45 MuH., Oojbllas YacTb JIMIHIOB
NONaJaeT U3 MOJIOCTH TOHKOM KHUIIKA B COOCTBEHHYIO IUTACTHUHKY KHUIIIEYHOMN

BOPCHHKH.



93

BbIBO/IbI

1. YabTpacTpykTypa KHIIEYHOW BOPCUHKH TOHKOW KHILIKH KPBICHI TOCHe 24-
4acoBOI'O TOJIOAAHUSA, B TOM YHCIE KAeM4aTOro JHTEPOLHUTA, HMEET
XapaKTEPUCTUKU HU3KOM PYHKIIMOHAIBHON aKTUBHOCTH.

2. Jlunuasl TPaHCHOPTUPYIOTCS 4YEpe3 SMUTETHATbHBIM CIONW KUIIEUHOM
BOPCUHKM B TeueHHe 45 MHUH.. 3a IIepBble 5 MHHYT OHH JIOCTUIAaOT
HHAOIUIA3MATUYECKOTO PETUKYIIIOMA; yepe3 10 MUHYT yKe TpaHCIOPTUPYIOTCS U3
SHJIOIJIA3MATUYECKOTO PETUKYJIIOMa B KoMIuiekC [onbmku; Kk 20-d MUHYTE
NOKMJAKOT CTONKY LHUCTEpH Komiulekca [ompmxu; a depe3 45 MHUHYT
PETHCTPUPYIOTCS B COOCTBEHHOM IIJIACTUHKE.

3. Tloryomenre ITUNKUIOB ANUKAJIBbHOM YacThIO IUIa3MOJEMMBbI MPOUCXOIUT
OpaKTHUECKU ©O€3 HHAOLUUTO3a, TPAHCHOPT HE3PEIbIX XWIOMHUKPOHOB W3
HHAOIIA3MATHYECKOTO PETHKYJIOMa B KOMIUIEKC ['onbaxu — 6e3 popMupoBaHus
COPII-mipou3BOAHBIX BE3UKYIL.

4. Bo Bpems TpaHCIOpTa JIMIHJIOB Yepe3 KoMIUIeKC ['onbxku HaOI0ar0TCs
KOHLIEHTpalusi XWJIOMHKPOHOB OT WHUC- K TpaHC-Noitocy; (OpMUPOBAHUE
BPEMEHHBIX TYOYJSIPHBIX COEIMHEHUN MEXJIy KOMIApPTMEHTaMH CTOIKU;
orcyrctBue smunuaoB B COPIl-mpousBoanbix Be3ukyinax. Haumbosee BeposTHON
MOJICTIBIO TPAHCIIOPTa XWUJIIOMHKPOHOB 4epe3 CTOmKy sBisiercst «kiss-and-runy -
MO/IeJIb, OCHOBaHHAasl HA MEXaHU3ME «HEMOIHOTO CIUSHUS» MeMOpaH.

5. TpancnopT XWJIOMHKPOHOB yepe3 Oa3ajibHyl0 MeMOpaHy KHIIEYHOIO
SMUTENUST OMOCPENIOBaH JCHAPUTHBIMU KIIETKAMU, OTPOCTKU KOTOPBIX, 00pa3ys C
HSHTEPOLUTOM IIJIOTHBIA KOHTAKT, NPOXOIAT uepe3 Oa3anbHyl0 MeMOpaHy,
dbopmupys B HEH TTOPHI.

6. KoMmIuleKC MEXKIETOYHBIX KOHTAKTOB SHTEPOLUTa, (PYHKIHOHAIBHO
CBA3aHHBIX C DJJIIEMEHTAMHU LHUTOCKEJIETAa, JIEKUT B OCHOBE «HACOCHOTO
MeXaHu3Ma», OOECNEeUMBAIOIIETO IEepEMEIICHNEe JHMMHUI0B 4Yepe3 KIETKY U
BbIJIABJIMBAHUE XWJIOMHKPOHOB M3 30HBl MEXKKJIETOYHBIX KOHTAKTOB B

WHTEPCTUIINI COOCTBEHHOM TIACTUHKU KUILIEYHOW BOPCUHKH.
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INPAKTHYECKHUE PEKOMEHJIALINMN

1. [IpoTOKON CHHXPOHU3ALMKU TPAHCIOPTA JUMUAOB MO3BOJIAET aJEKBATHO
OLICHUTh BPEMEHHBIE XapPaKTEPUCTHUKUA TPAHCIOPTHOIO MYTH HA KaXKIOM 3Tare
TPaHCIOPTA, U €ro UCMHOJb30BaHUE JAET BO3MOKHOCTh HE TOJIBKO JJI ACTAILHOTO
U3YYEHUS! CTPYKTYpP M MOJEKYJSIPHBIX MEXaHU3MOB, HO M [UJIi CpaBHEHUS
pe3yJIbTaTOB Pa3HbIX TPYIII UCCIIeI0BaTENEH, pabOTaOIIUX M0 TAHHOM MpobiiemMe.

2.  DJNEKTPOHHO-MUKPOCKONHUYECKAM aHalu3 BBICOKOTO  pa3pelIeHUs
(BKITFOUAsE  AJIEKTPOHHO-MUKPOCKOMUYECKYI0 TOMorpaduio) HEoOXOomauM IS
JIOKa3aTEIbCTB JUCKPETHOIO WJIM HEMPEPHIBHOIO XapaKTepa TPaHCHOPTHBIX
MEXaHU3MOB MOJIEKYJI B KIIETKE.

3. Meron ycunenust KontpactupoBanusa no nporokony OTOTO no3Bonsier B
AIEKTPOHHO-MUKPOCKOIMMYECKUX HCCIEAOBAHUAX BU3YAJIU3UPOBATh JIMOUABI B
KJIETOUYHBIX MeMOpaHax 0e3 cHelualbHOW OKpacKH, YTO MOXET ObITh
WCIIOJIB30BaHO JJISl TAJIbHEUIIIEro U3y4eHUsI MEXaHU3MOB TPAHCIOPTA JIMMHUAOB U

€ro peryJsiuu.
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CIIMCOK COKPAIUEHUHA U YCJIOBHBIX OBO3HAYEHU

MTTP —  Oemok-TIepeHOCYMK  MHKPOCOMAJIBHOTO  TPUTJIHMIICPHUIA,
MHUKpPOCOMAaJTbHAS TPUTIIHIIEPUATPAHCEPa3a

BJITIM — Ga3zonarepanbHas 4acTh IJIa3MaTHIECKOM MEeMOpaHbI

I'OP — rmaakuii SHAOTIA3MATUYECKUN PETUKYITIOM

KK — KupHBIE€ KUCIIOTHI

MK — nanbiieBuiHbIC (MHTEPAUTUTUPYIONINE) KOHTAKTHI

KI" — xommiiekc I'oipmxn

[IM — nna3maTudeckas MeMOpaHa, 1mia3mMojieMMa

[IpeXM — npexunoOMUKpPOH, HE3PEIIbIA XWIOMUKPOH

COM — ckanupyromas 31€KTPOHHAsE MUKPOCKOIIHS

TOM — TpaHCMHCCUOHHAS JEKTPOHHASI MUKPOCKOIIHS

XM — XHJIIOMUKPOH

ISP — mepoxoBaThlil SHAOIIA3MATHYECKUN PETUKYITIOM

OP — 3HA0MIa3MaTHYECKUM PETUKYIIIOM, SHAOIIa3MaTUYECKasl CETh

CD36 (SR-B2 wim FAT) — skupHO-KHCIIOTHAsI TPAHCIIOKa3a

CIDEB (cell death-inducing DFF45-like effector B) — Bei3biBatomuii ruoens
kietok DFF45-nono6nslii a3ddextop B

COPI (coatomer protein I) — nmepBbIii KOMITJIEKC OEJIKOB MOKPBITHS

COPII (coatomer protein 1) — BTopoii KOMITIEKC OCTKOB MOKPBITHS

FABP (fatty acid binding proteins) — Oenku, CBSI3bIBAIOIIME JKHUPHBIC
KHCJIOTBI

FATP4 (fatty acid transport protein 4) — mpotenH 4 TpaHCIOPTa >KUPHBIX
KHUCJIOT

PCTV (prechylomicron transport vesicle) — mpexuioMUKpOH-TPaHCIIOPTHAS
BE3UKYJIa, «METaBEe3UKYJIa»

SNARE (soluble N-ethylmaleimide-sensitive fusion protein attachment
protein receptors) — pacTBopuMbIe OCJIKH CIUSHHAS MeMOpaH, orocpe0BaHHoOro N-

STUMAJICUMHUI-1YBCTBUTCIIbHBIMU PCLCIITOPAMU
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