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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 O0YCIIOBIIEHO 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
romMeocraza JunugoB. Kpome Toro, riyOokoe TOHMMAaHHE TIPOLIECCOB
TpaHchOpMaIi JIUIUAOB B KHUIIEYHUKE MOXKET CIOCOOCTBOBATH MPOTpPEcCy B
JCUYEHUN  JUCIUMUAEMHUH W aT€POCKICPOTUYECKUX  CEepIACUYHOCOCYAUCTHIX
3a00JIeBaHUM.

VYbpTpacTpyKType TPaHCIOPTHOTO TMYyTH JIMIKAAOB Yepe3 DHTEPOLUT
KHIIIEYHON BOPCHUHKHM MOCBSIIEHO psia padoT [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 pactmupuiuck. [Ipu 3ToM B mogamistonieM OOJBITUHCTBE PaboT
MOCIICIHUX JIET OCHOBHOM aKIIEHT JENaeTCsl Ha KIFOUEBBIX OENKax, y4acTBYIOIINX
B TIOTJIONICHWM W BHYTPUKICTOYHOM TPAHCIOPTE IKUPHBIX KHUCIOT U
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 PSJl BOMPOCOB, CBSI3AHHBIX C MEXaHU3MaMH BHYTPHKJIECTOYHOTO
TpPaHCTIOPTa U TPAHCIIUTO3a B SHTEPOIUTE. MEXIy TeM, UX JETATN3AINS TTO3BOJIUT
YTOYHUTH, a B PAIC CIydacB MO-HOBOMY ITOCMOTPETh Ha MEXaHHU3MbI TPAHCIIOPTa

JUTUAOB Yepe3 MUTENNNA KHUIIIEYHOW BOPCHHKH B €€ COOCTBEHHYIO TUIACTUHKY.
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Tax, ceroaHsi MPUHUMAETCS, YTO HU3KOMOJIEKYJISIPHbIC TUTUABI (KHUPHBIE KUCIOTHI
¥ MOHOAIIWITJIMLIEPUH) TPAHCTIOPTUPYIOTCS Yepe3 MIETOYHYIO KAeMKY B SHTEPOLIUT
muhdy3ueit wam ¢ moMOmBI MeMOpaHHOTO (KaBeoJi, BE3UKYJI) WIA
MOJICKYJIsIpHOTO TiepeHocunka [159]. OxHako Mopdoorndeckux a0Ka3aTeabCTB
9HIOIUTO3a IO HACTOSIILIET0 BPEMEHH HE MIPEICTABICHO.

Mbl HE BCTpeYald JETalbHOTO OINHUCAaHUS KOMIUIEKCA CTPYKTYP,
dopmupyromux  O6appep MEXIy TPOCBETOM KHIIEYHHKA U  IMPOCBETOM
AuM$paTHUEeCKOro Kanmwuisipa. M3BecTHO, 4TO SHTEPOLUTHI COEAUHEHBI JIPYT C
JPYroM C TIOMOIIbIO IUIOTHBIX, MPOMEXYTOUHBIX, IIEIEBBIX COEIWHEHUH U
necmocoM [5, 8], oOpa3yror manbieBUIHBIE KOHTAKTHl. OIHAKO 3aKOHOMEPHOCTH
PacoJIoKeHus U UX (PYHKIIMOHAIbHAS POJIb HE U3YYaJIUCh.

['unoTe3pl TpaHCcHOpTa JUNHAOB U3 HSHAOIUIA3MATHYECKOTO PETHUKYJIHOMa
gyepe3 KOMIUIEKC ['onbIKu, Kak MpaBUIIO, CTPOSTCS HA JAaHHBIX, MOTYYCHHBIX U3
HKCIEPUMEHTAIbHBIX HCCIEOBAaHUI TpaHCIoOpTa OENKOB, M3y4yaeMoro Ha
KynbTypax TKaHedl. Hackonpko 5TH  JaHHBIE MOXHO OKCTPANOJIUPOBATH
NPUMEHUTEIBHO K TPAHCIOPTY MPEXMIOMHKPOHOB — HesicHo. He siceH mexaHu3M
BbIXO/Ia JIMIHMAOB U3 OHHTEPOIMTa B MEXKKIETOYHOE MPOCTPAHCTBO M HX
IPOXOXACHUA dYepe3 OazanbHyl0 MemOpaHy. OcTaeTcs OTKpPBITBIM BOMPOC O
MEXaHU3Max TPaHCIOPTa JUMHUAOB B MPOCBET JIMM(PATHIECKOTO KAMMLISApa U POITU
KJIAaaHOB B CTEHKE IMM(}aTHYeCKuX KamwUIsIpoB B TMpolecce 0Opa3oBaHUs
TUMQBI.

OTU U psiA APYTUX BOIMPOCOB TPEOYIOT HeTalnu3aluu U MOpQOIOTUYECKUX
00OCHOBaHWH, YTO TMO-HOBOMY OILIEHHUTH TPOIECCHI, CBSA3aHHBIE C HAPYIICHUEM
BCACHIBAHUS JIMMHJIOB B KHIIEYHOM OIUTEIUH W B JUMQY, YTO BaXKHO IS
pa3pabOTKU HOBBIX TEPANEBTUYECKUX CTPATErMil YIy4IIeHUs 370pOBbsS ceplua U
obomena Beriects [148].

Heab — u3yuuTh YIBTPACTPYKTYPY TPAHCIOPTHOTO MyTH JHUIHIOB U3
MOJIOCTH TOHKOM KHIIKH B COOCTBEHHYIO IJIACTHHKY KHUIIIEYHOW BOPCUHKH M HaWTH

Mopdooruyeckoe 000CHOBaHME MEXAaHM3MOB X TPAHCIIOPTA.



3agaun

1. OxapakTepu30BaTh CTPYKTYPbl KHIIEYHON BOPCUHKH HAYaJIbHOTO OT/AEIIA
TOHKOW KHUIIKH KPBICHI, YYaCTBYIOIINE B TPAHCIIOPTE JIMIUIOB, MOCIE 24-4acOBOTO
TOJIOTAHMSL.

2. IlpoaHanu3upoBaTh BPEMEHHBIE XaPAKTEPUCTUKU TPAHCIOPTA JIHUIINAIOB
4yepe3 SJHTEPOLUT B YCIOBUSAX HU3KOW MUIIEBON HArpy3KH.

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

4. W3yuuthb CTpYKTypy KoMmIuiekca [OnbIku BO BpeMsi HpPOXOXKIECHUS
XUJIOMUKpPOHA 4Yepe3 CTONKY LUCTEPH W CPABHUTH ITOJYYEHHBIE PE3YJIBTATHI C
U3BECTHBIMU MOJIEIIIMU TPAHCIIOPTA YEpeE3 OpraHely.

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

6. I[IpoaHanu3upoBaTh pPOJb MEXKKICTOYHBIX KOHTAKTOB W IIMTOCKENeTa

OHTCPOOHUTA B TPAHCIIOPTC JIMIINAOB 4YCPC3 KUIICUYHBIN SIUTEIINH.

OcCHOBHBIE 10JI05KeHUSI, BBIHOCUMBbIC HA 3ALIUTY

1. B ycnoBusix HM3KOM MNMIIEBOW HArpy3Kd JIMIKILI MOTJIOIIAKOTCS
aNMKaJIbHOM YacThIO TUIA3MOJIEMMbI SHTEPOLIUTA O€3 HHAOLUTO3A.

2. TpaHCHOPT NPEXWIOMUKPOHOB U3 3HJOMJIA3MAaTUYECKOTO PETUKYJIIOMA B
koMiieke [onpmxu  mpoucxonutr 6e3  (opmupoBanuss COPII-npon3BogHbIX
BE3UKYJI U «MEraBE3UKYI».

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

MOCJICIYIOIIETO pa3ae/ieHuUs» KoMImapTMeHTOB («kiss-and-runy).
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4. XWIOMHMKPOHBl TPOXOASAT 4epe3 Mopbl 0OazanbHOW MeMOpaHsl,
00pa30BaHHbIE, MPEUMYIIECTBEHHO, ACHIPUTHBIMHU KIETKaMH.

5. lTlanpueBugHble (MHTEPAUTUTUPYIOIINE) MEKKIETOYHbIE KOHTAKTHI,
JIOKQJIbHO PAacIOJIOKEHHbIE MEX]Ty KOHTAKTaMU 3HTEPOLIUTOB, U OKPYKAIOIIHE UX
AIIEMEHTBl  IIUTOCKEJETa, CBA3aHHbIE C JIECMOCOMaMU M aJAre3MBHBIMU
COETMHEHUSIMM, JIe)KaT B OCHOBE «HACOCHOT0» MEXaHM3Ma NepEeMEICHUS JIUIHUIO0B
yepe3 KIETKY U BbIIABIMBAHUSA XWJIOMUKPOHOB U3 30HbI NAJIBLIEBUAHBIX KOHTAKTOB

B MHTEPCTHUINI COOCTBEHHOM TUTACTHHKHU KUIIEYHOW BOPCUHKH.

Hay4ynasi HOBU3HA MCCJIeIOBAHUSA

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 IMOJYYEHHBIE U UMEIOIINECS B TUTEPATYPE TAHHBIE.

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

3. OpurvHaJbHBIM SIBJSICTCSI MOP(QOJIOrMYecKkoe OOOCHOBaHUE MOJETU
TPaHCIOpPTa JIMIUIOB W3 DHAOIUIA3MATUUYECKOTO PETUKYJIIOMa B KOMILIEKC
[Nonmbky, 3 KoMmIuiekca ['oipmku K 6a3onaTepaibHOM YacTH IIa3MaTHYSCKOU
MeMOpaHbl; 4epe3 0a3ajbHyl0 MEMOpaHy SIUTENUS B COOCTBEHHYIO TUIACTUHKY
KUIIEYHOW BOPCUHKH.

4. HoBbIM sBisieTCA I0OKAa3aTelbCTBO (C  MOMONIBIO  BJIEKTPOHHO-
MUKPOCKOTTUYECKUX METOJIOB) TOT'O, UTO Y B3POCIBIX KPBIC BO BpeMsl TPaHCIIOPTa
JUTUAOB 4Yepe3 anmuKaJIbHYI0 YacTh IJIa3MaTUYECKOW MeMOpaHbl JSHTEPOIUTA B
YCJIOBUSIX, MCKJIIOYAOIIUX H30BITOUYHYIO JUIUIHYIO 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 BOPCUHKH.

IIpakTHYeckasi 3HAYUMOCTH HAYYHOI'0 UCCJIEIOBAHUS

[Tomy4yeHHBIC pE3yIbTaThI:

1) HO3BOJIAIOT YTOYHUTH, a B PsJie CIydacB, IIO-HOBOMY ITOCMOTPETh Ha
MEXaHU3MBI TpaHCHOpPMAITUH JTUTTHUI0B B KUIIIEYHUKE, YTO MOXKET CIIOCOOCTBOBATH
Mporpeccy B JICUCHUHU ITUCIUIIHUICMHH, aTEPOCKIEpo3a M CEPACUYHOCOCYIUCTHIX
3a00JIEBaHUM;

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

3) mo3BoyAT OOJIee JCTANbHO IOHATH KIETOYHBIC MEXAaHH3MBI psjia
3a00JIeBaHUi, B TOM 4YHCIIE, OKUPEHUs, YTO BaXKHO JJIT OOOCHOBAHHUS HOBBIX
METO/IOB JICUCHUS, HHTEepIIpeTaiuu 3()PEKTOB Mocae MPUMEHEHHUS JIEKapPCTBEHHBIX
CPEIICTB.

[IpennoxxenHass B paboTe »HKCIEPUMEHTAIbHAs MOJCIh MOXET OBITh
WCITOJIB30BaHa JUIsl TTOCIICTYIOIIETO U3YyYeHUS MEXaHU3MOB TPAHCTIOPTa JTUTTUIOB U
KHPOPACTBOPUMBIX BEIICCTB M M3YUCHUS BIMSHUS 2K30 - M DHJAOTCHHBIX (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 rocy1apCTBEHHAs] MEAUIIMHCKAS aKaJIeMUs)

Munucrepcrsa 3apaBooxpanenus Poccurickon @enepanuu.

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

dbopMyIMpOBKE 3a7ad, B pa3pabOTKE METOJUYECKUX U DKCIEPUMEHTATHHBIX
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IIOAXO/NOB, IIPOBEJCHUU HAYYHOIO IIOMCKA, IPOBEACHUM DKCIIEPUMEHTA,
0o0pa0oTKe, aHamu3e W UHTEPIpEeTallMi TOJYYEHHBIX pe3yibTaToB. Psn
HaOJI01eHNH OBIIIM OCYIIECTBIEHBI COBMECTHO C JIPYTUMHU HUCCIIEI0BATEISIMU, UYTO
JOKYMEHTUPOBAHO COBMECTHBIMM HYOJIMKALMSIMH M IPOTOKOJIOM 3THYECKOIO
KoMuTeTa. B 4YacTHOCTH, MOArOTOBKAa M ChEeMKa OOpa3LoOB ISl 3JEKTPOHHOU
ToMOrpaduu OCyIIEeCTBJIEHA C MOMOLIbIO J-pa Med. Hayk I'. B. Be3nycenko B
7a00paTOpUM IEKTPOHHON MHUKpOCKONHMH MHCTUTYTa MOJIEKYISIPHOW OHKOJIOTHH,
r. Munan (Uranus). HekoTopelie pa3nensl paObOThI BBITOJIHEHBI B COTPYIHUYECTBE
c kauz. Ouoin. Hayk WM. JI. JIuMOBBIM, AOLEHTOM Kadeapbl aHATOMHUHU 4YEJIOBEKa
OI'bOY  BO  «Cankr-llerepOyprckuidi  meiMaTpuyecKuid  YHUBEPCUTET»

MunucrepcTBa 3apaBooxpanenus Poccurickon @enepanuu.

Anpodauus quccepranun

Pe3ynbTaThl Hay4yHOTO MCCAEAOBaHUS ObUIA MPEICTABICHBI B BUJE YETHIPEX
JTOKJIaoB Ha KoHdepeHuusx U  KoHrpeccax: Ha XIV-m  Konrpecce
Mexnaynaponnoir accoumaruu  MopdonoroB (Actpaxanb, 2018); wna [|V-i
Bcepoccuiickoit HaydyHON KOH(GEPEHIIMU CTYJEHTOB M MOJOJABIX YYEHBIX C
MexayHapoanbsiM yuactueM (MBanoso, 2018); Ha VII-m Bceepoccuiickom cbesne
aHATOMOB, THUCTOJIOTOB 1 3MOpuosoros (Boponex, 2019); na V-it Becepoccuiickoi
HAayYHOW KOH(EpPEHIIMU CTYJACHTOB U MOJOJBIX YUYEHBIX C MEXIyHapOIHbIM

yuactueMm (MBanoso, 2019).

[yoaukanuu
Pe3ynbTaThl MPOBEAEHHBIX HCCIEIOBAHUN OTpakeHbl B 11-TM HAy4dHBIX U
MPUPABHEHHBIX K HHUM paboTax, M3 KOTOPHIX S5 OMyOJIMKOBAaHBI B HAYYHBIX
pPELICH3UPYEMBIX JKypHaJlax, TJ€ JOJDKHBI OBITh TPEICTABICHBI PE3YJIbTaTh
JMCCEepTalliii Ha COMCKAaHUE YYEHOM CTENEHM KaHAWAaTa HayK, B TOM 4ucie 3
nyoJIMKalMM B JKypHaiaX, WHICKCUPYEMBIX B MEXIAYHApOJIHON pedepaTUBHOU

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 MCCIEIOBAHUNA C WILTIOCTPAIUSMU,
oOCYXJIeHHsI Pe3yJIbTaTOB, 3aKIIOUCHHUS, BBIBOJIOB, CIMCKa JUTEparyphl. Pabora
MPOUJUTIOCTPUpPOBaHa 4-Ms TabaUIaMu U 15-10 KOMOMHUPOBAHHBIMU PUCYHKAMHU.
bubnmuorpadus Brmouaet 295 uCTOYHUKOB, B TOM unciie 10 oTe4ecTBEHHBIX U 285

HHOCTPAHHBbIX.

baaromapuocTu

Beipaxkato T1i1yOOKyr0 0J1arolapHOCTh MOHMM HAYYHBIM PYKOBOAMTEIISIM:
JTOKTOpY Oumosornyeckux Hayk, mpodeccopy M. C. CecopoBoii u TOKTOPY
MEIULIMHCKUX HayK, npodeccopy, YJIEHY-KOPPECHOHACHTY PAMTH
A. A. MUpoHOBY, ONpEICIUBIIMM  HANPAaBICHUE MOHUX MCCIEIOBaHUA U
IPEIOCTABUBIINM BO3MOKHOCTh MPOBEACHUS YacTU U3 HUX Ha 0ase jaboparopuun
AIEKTPOHHOM MUKpOCKONMHM MHCTHTyTa MOJNEKYISIPHOM OHKOJIOTMH TI. MwusaHa.
Hckpenne 6iaronapHa nokTopy mMeauinmHckux Hayk ['. B. besnycenko u nomeHTy
. JI. lumoBy 3a MOMOIIb B IOATOTOBKE U 00CYKJIEHUU MaTepualia; 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 000J0YKa TOHKOM KHIIKM UMEET XapaKTepHBIM pelnbed,
MUKPOCKOITMYECKUMH AJIEMEHTaMH KOTOPOTO SIBIISTFOTCSI BOPCUHKHY (BBITITIMBAHNS)
W KpunThl (TpyOuarbie yriyOsieHus). BopcuHkm mpeactaBisioT  coOoi
BBITISTYMBAHUS TTAJTBIICBUIHON WM JTUCTOBUAHOU (DOPMBI, OOpaIieHHBIE B MPOCBET
KHIIKH, TIOKPBITHIE IMHUTEIIMEM M UMEIONINE «SIIpo», 00pa30BaHHOE CTPYKTypaMu
COOCTBCHHOM TUIACTMHKH CIU3UCTONM 00o0souku Kuiiku [136]. OmHOCIOWHBIH
CTOJIOUATHI SMNHUTENWH, BBICTWIAIOIINWNA KHUIIEYHBIM TpakT, (QopMUpyeTcs U3
MYJIBTUIIOTEHTHBIX CTBOJIOBBIX KJIETOK, PACIOJIOKEHHBIX B OCHOBAaHUU KaXKJION
kpuntel. [locne muddepeHIUpPOBKH U3 OSTUX KIETOK MPOUCXOASIT YEThIpe
OCHOBHBIX THIA OHHUTCIHAIBHBIX KJICTOK: KaeMdaTble KIETKH (SHTEPOIIHTHI),
KOTOpbIE cocTaBisItOT O6oJiee 80% OT yucina BCeX SMUTENUATBHBIX KIETOK TOHKOMN
KHUIIKK, B 3apyOeKHOW JMTEpaType MOIYT Ha3bIBaThCcs a0COPOUPYIOIIMMU
SHTEPOIUTAMU,  aOCOPOUPYIOMIMMH  KJIETKaMH;  OOKaJlOBUJIHBbIE  KJIETKH,
MPOIYIUPYIONINE PA3IUYHbIE MYIMHBI U TPWIUCTHBIE TENTHABI, HEOOXOIUMBbIE
JUISL pOCTa M BOCCTAHOBJIEHUS SIUTEIUS; YHTEPOIHIOKPUHHBIE KIIETKH, KOTOPbIE
AKCIIOPTUPYIOT TENTHUJIHBIE TOPMOHBI, KJIETKU C anuao(QWIbHBIMU TpaHyJIaMu
(knetkn IlaHeTa), KOTOpBIE CEKPETUPYIOT AHTHUMHKPOOHBIC KPWUIITHIWUHBI WM
nedeH3uHbl, MNUIleBapuTeabHble (GepMeHTl ©  ¢akrtopel pocta. Ilocne
nudhepeHIIUPOBKH SHTEPOIUTHI, OOKATOBUIHBIC W SHTEPOIHIOKPUHHBIE KICTKU
MUTPUPYIOT BBEpX M OTIICIYIIMBAIOTCI HAa KOHYMKax BopcuHOK [76]. Kak
KOJIMYECTBO JMHUTEMATBHBIX KJIETOK HAa BOPCUHKY, TaK M IUIOMIAh TOBEPXHOCTH
BOPCHUHOK XOpOULIO KOPPEIUPYIOT € BBICOTOM BOPCHHOK U C KOJMYECTBOM
SMUTETUATBHBIX KJIETOK Ha cpe3e BOPCHHOK [228].

bazanpHyr0 dYacTh TUTA3MOJIEMMBI JHTEPOIMTOB KHUIIIEYHOW BOPCUHKH
MOJCTUJIAET CJIOM CIUIOIIHOM, XOPOIIO BBIPAXKEHHOW Oa3aibHOM MeMOpaHHb.
bazanbHass MeMOpaHa >nUTENUsT KHUIIKKM OOECIEeYMBAET HWHTErPALUI0 MEXIY

MUTPHUPYIOUMU U uddepeHImpyomumMnucs KieTkamu. Ha anexTpoHorpamMmax
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OHM  TIPEACTaBJICHbl  MOJOCKOM  (uOpWIIApHOrO  Marepuana, OoraToi
TIIMKOIIpOTenHaMHu [76].

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

B 0azanmbHOlf MeMOpaHe ¢ TOMOIIBIO CKaHUPYIOIIEH SJIEKTPOHHOU
MUKPOCKONUU OBLIM OOHApYy>KEHBI MOpbl pazHoro auametpa (ot 0,5 70 5 MKm),
HapYIIAOIAM ¢ HenpephlBHOCTH [164]. BbUTO BBIIBHHYTO MPEAIIOIOKCHHE, YTO
Oa3anpHas MeMOpaHa Bo3HHKaeT de novo 0e3 nepdopainii, KOTOpbIC MOSIBISIOTCS
MO3JHEE B PE3yJIbTaTe MHUTPAIlU KJICTOK, TMPOXOKICHUS WHEPTHOTO MaTepuaia
[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 KPYTIYIO 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 snuTeanouutoB [140,
260].

KomnoneHTsI 0azaabHOM MeMOpaHBbI CIIy’Kat MIPOMOTOpPaAMH
T GEepeHIIMPOBKY SITUTEITHOIMTOB KUIIKKA KpbIChI [29]. Benok BHEKIETOYHOTrO
MaTpUKca — TCHACIIMH HAKaIlJIMBACTCS B IJIOTHOHW ME3EHXMME BOKPYT PACTYIIETO
snutenus [265], obecrneynBaeT CBsI3b MEXKIY SMHUTEIHOIMTAMH M COOCTBEHHOMU
TUTACTUHKON CIM3UCTONW OOOJIOYKH, BOBJIEKACTCS B MPOIECCHl (HPU3HOIOTHUECKOTO
oTTop)keHus suTeporToB [207].

Tonkass 0Oa3zanmpHass MeMmOpaHa OTACNSECT OHHUTEIMA OT COOCTBEHHOU
TUTACTUHKHA CIM3UCTOW 000JI04YKH. [MCTONOTHMYecKr COOCTBEHHYIO IUTACTUHKY
paccMaTpUBAIOT Kak o001acTh, JISKAIIYI0 MEXIY SIHUTEIMEM U CTPYKTypamH,
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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Cpeau KJIETOYHBIX DJIEMEHTOB OTMEYAIOTCS: IUIa3MaTUYECKUE KIIETKH,
703uMHOMUIIBI, 0a30¢wiIbl, HeUTpodwIbl, TUMbOMTH [76], Makpodaru, a TaKxe
JIEHAPUTHBIE KJICTKH, KOTOPhIE OOECIeUMBAIOT JUOO 3aIMUTHBIA WMMYHHUTET K
WH(MEKIIMOHHBIM areHTaM, JHUOO TOJEPAHTHOCTh K O€3BpPEJAHBIM aHTUICHAM,
BKJTIOYAs ITUIIIEBBIC 1 KOMMEHCcaIbHBIe OakTepun [217].

Kpome Toro, B cTpomMe KHUIIEUHOH BOPCHHKH HAXOIATCS KIETKH
Me3o1iepMaIbHOro npoucxoxkaeHust [129]. K HuM OTHOCATCS pa3inu4HbIe THIIBI
¢ubpoOIaCTONONOOHBIX KJIETOK, TAaKKE€ H3BECTHbIE Kak (HhUOpoOIacTHBIE WU
ctpoMajbHbie  kietkn [161]. DBojee mo3gHME UMMYHOTHCTOXHMHYECKHE
UCCIICIOBAHMS TIOATBEPAMIN MX TMPUHAIICKHOCT, K MuoduOpodimactam [185].
OTO KIETKU 3Be314aTod (opMbl ¢ OOJBIIMM YUCIOM OTPOCTKOB. OHU coaeprKaT
NYyYKH aKTHHOBBIX (HJIAMEHTOB, OCJNKH TPONOMHO3MH H MHO3uH [133] wu
KOHTaKTUPYIOT JPyr ¢ JAPYyroM ¢ TIOMOINBIO IEJIEeBBIX KOHTakToB [141].
MuoduOpobnactel 00pa3yrOT CETh, MOKPHIBAIOUIYI0 MUKPOCOCYJIUCTOE «JIEPEBO»
saapa BOpCHHKH. [IpeAmonoxuny, 3Ta TpexMepHas CEeTb MOXXET BBICTYINATh B
KayecTBE CKeJeTa BOPCUHKH, a TaKXke, BIUATH Ha d()(PEKTUBHOCTH BCACHIBAHUS U
TPAHCIIOPTHPOBKHU TMUTATEIbHBIX BemiecTB (myreM ux cokpamienus) [69]. Cetb
OXBaThIBACT COOCTBEHHYIO IUIACTUHKY W HAXOJWTCA B TECHOM KOHTAaKTe C
SMUTENEM, HEPBaMU U KalMWUISIpaMH, TJIAJKUMH MBIIIIAMA W HWMMYHHBIMU
KkieTkamu [97].

B nononHeHue K pa3iaruHbIM BOJIOKHUCTBHIM dJI€MEHTaM (BKIIIOYast KOJIIareH
IV, Ttenacuiun [111], nmecmun, »sHTakTMH, JamuHuHbl [103]) coOcTBeHHas
TUTACTUHKA KHUIIEYHOW BOPCHHKH COICPKUT aMOp(hHOE BEIIECTBO, BKIFOYAOIIEE
CMECh TJIMKOAMHUHOTJINKAHOB WM THAJTYPOHOBOW KHCIOTHI, CTECTCHb THUIAPATAINH
KOTOPBIX 3aBUCHUT OT CKOPOCTH BBIBEACHUS aOCOpPOUPOBAHHOW IKUIKOCTHU
MUKPOIUPKYJISTOPHBIM PycJIoM H iuMdatudeckoit cuctemoit [37, 38, 100].

B neHTpanbHOM 30HE KHILEYHOM BOPCHHKH pACHOJIATAETCA TyCTas CETh
KOJUTATCHOBBIX ~ BOJIOKOH,  PACIOJIOKEHHBIX  BOKPYT  KPOBEHOCHBIX U
TUMQpaTHYECKUX KamWuUIIpoB, C KOTOPOW B TECHOM KOHTaKTe HaXOAATCA

MuopubpobracTel. B siagpe BOPCHHKM pacmoiaraloTCs MyYKHA TIaJKOMBIIIEYHBIX
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KJIETOK, KOTOpbIE Ha BEPXYIIKE BOPCHUHKM CBs3aHbl ¢ MuOpuOI00IaCTAMU
coocTBenHoM ractuaku [118] n cocymamu [100].

[locne ynaneHuss >SnOUTENMS HA IOBEPXHOCTH BOPCHHOK BHJHA 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
KoHurypanuo. Bece 3Tu Kanuuisipbl CIyCKArOTCs IO 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 CIMBAIOTCSI C COCyJaMmH, CBs3aHHbIMH ¢ yctbeM Kpuntel [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 MIeuHbld cocyn [39]; mumdaruueckuii kammmiap [10], B
3aBUCUMOCTH  OT IIMPUHBI BOPCUHKHU. lIeHTpanpHBIl  MJIEYHBIM  COCY.
MPEACTABIIAET COOO0M CIIENO HAYMHAIOIIMICS KAWL, PACIIONIOKEHHBIN B IIEHTPE
BopcuHkH [180]. 3aMKHYTBI HadYaIbHBIH OTAEN LEHTPAILHOTO JTUM(PATHICCKOTO
KaIWJUIIpa BOPCUHKH PACIoaraeTcs 1noJ BepimmrHaMyu 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 COCYIbl CJIMBAIOTCS U O0pa3yloT IIUPOKUM CHHYC, U3
KOTOPOTO BBIXOJAT 2 WK 3 NUM(ATUYECKUX COCYJla YXOIAIIMX B MOACIU3UCTYIO
obonouky kumku [192, 193]. B BepxHHX OTHENax BOPCHHKH TIPOCBET B
TUM(pATUYECKUX KamuUIsipax MaKCHMAaJICH, a MX PACCTOSHHUE JO AMUTEIHATBHON
0a3anbHONM MEeMOpaHbl MepeaHed U 3aHel MOBEPXHOCTEH HEBEJIMKO. B HIDKHEH

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. CoeqMHEHUSI MEXY SHIOTEIHATBHBIMU KIETKAMH 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 NOCTKANWLIAPOB B OCHOBHOM 3aKpBITHI, HO, BPEMS OT
BPEMEHH, BCTPEYAKOTCSA MPOCTHIE OTKPBITHIE, UTO JIEMOHCTPUPYET ONPEIEICHHbBIC

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

1. 2. MopdodpyHKHOHAIbHOE CTPOEHHE KAaeM4aToro 3JHTEpPOLHTA
CJM3UCTON 000JI0YKH TOHKON KHIIIKH

[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 IIJIA3MOJIEMMBI —
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 C MOPUMEPHO 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
ymenbInaetcsi. CBoOO HBIE PHOOCOMBI 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 [Nonbmxu. CTonku KoMIwiekca ['ofbky Tub0 pacrosiararoTcs B 30HE

BCPXHCTO IIOJIXOCA sA1apa, 100 JIeKaT MapaJuIiCJIbHO JJIMHHUKY KJICTKH.



15

Muxkposopcunku. AnuvKanbHash TOBEPXHOCTb HSHTEPOLUTOB KHILIEYHBIX
BOPCHHOK 00pa3oBaHa MHUKPOBOPCHHKAMH — IaJbIIEBUIHBIMU BBHIMSTYMBAHUSIMUA
IJIa3MOJIEMMBI. Y  KaXJOr0 JHTEPOUMTA HacuuThiBaercs 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 TOUIEN KHUILKHU Yy KpbIC cocTaBisieT 65. JImmHa 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 conuepxutr 40-50 axkTUHOBBIX (HUIAMEHTOB,
KOTOpbIE 3aKaHYMBAIOTCS B IIUTOIIa3Me dHTeponuTa Ha riryouHe 500 uMm, oOpazys
TepMHHAJIbHOE ciuteTeHue [5]. B cocTaB akTHHOBBIX ()MIAMEHTOB B alUKaIbHOU
30HC BXOAAT Oenkv BWLIMH W ¢GuMOpuH [85], B mepexoaHOW 30HE MEXIY
KPUIITAMH B BOPCHHKaMHU — MHO3MH [114]. ®umOpuH, yBeIMUUBaET 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-
cnenupuueckass MPHK Haiinena mnpeumyriecTBeHHO B 0a3albHBIX OTAENAX
BOPCHMHOK, TJI€ TMPOUCXOJUT OKOHYaTenbHas Aud@epeHIupoBka KIETOK U
(dbopMupoBaHue 1eTouHOM Kaemku [70, 264].

OcnuH  SBISETCS €Il OJIHUM  aKTHUH-CBA3BIBAIONIUM  OEJIKOM,
OOHApyXE€HHBIM B MHUKPOBOPCHUHKAX U MPUCOCAUHSIOMIMUMCS K aKTHHOBBIM
MoHoMmepaM. OH peKpyTHpyeTcs Mociie BWUIMHA W ¢GumOpuaa [79], mpuuem,
MBIIIY, JMIIEHHBIE 3CHUHA, UMEIOT HOPMAIbHYI CTPYKTYPY MHKPOBOPCHHOK
[270]. beuto moka3aHo, YTO Ja)xe eClii Bce OCIKU — BHJUIMH, (UMOpPUH U 3CIIUH —
yAQJIeHbl W3 KUIIEYHOTO JOUTENUs, B pe3ylbTaTe MOJy4aroTCs JIMIIb
HE3HAUUTEJbHbIE HW3MEHEHUSI B CTPYKTYype MHUKPOBOPCHUHOK. CrnenoBaTenbHoO,

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 OTCYTCTBHMH apXHUTEKTypa BOPCHMHOK HAPYIIAETCA, a MUKPOBOPCHHKHU
YKOPA4MBaIOTCSl, XOTSI OCHOBHBIE MEXaHH3MBI 3TOTO OCTAIOTCS HEsICHBIMHE [225].

MUKpOBOPCHHKH 3aKpEIUICHbI B CyOanuKalbHON TepMuHaibHO# cetn [203]
C TOMOIIBI0O MHUO3WHA V, KOTOPBIN MPUCYTCTBYET B TEPMUHAIBHOW CETH W 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 JuenpuHOM [179] CTaOMIM3HMPYIOT amMKAJIbHYIO IUIa3MOJIEMMY
kiaetok [105]. Muo3uH la CKOHIIGHTPUPOBAaH B CPEAHEH YacTH MHUKPOBOPCHHKH
[168]. B TepMmuHanIbHOE CIUIETCHHE BIUICTAIOTCS TaKkKe (QUOPUIUIAPHBIM
KOMITOHEHT TUIOTHBIX COCTMHEHHM.

[InazmaTudeckass MeMOpaHa SHTEpPOLIMTAa TMOJMSIpHA W JCTUTCA Ha
anmuKalbHBIA U 0a3oyarepajbHBIl JOMEHBl C Ppa3IMYHBIM  MOJEKYIISPHBIM
cocTtaBOM U (GyHKIMEH. ANMKaabHAsl 4acTh IJIA3MOJIEMMBI IPEACTaBIsCT COO0O0M
Y3KOCTIEITMAIN3UPOBAHHYIO MeMOpaHy, npeIHa3HaYCHHYIO TUTST
GYyHKIMOHUPOBAHUS KaK TMHINEBAPUTENIbHAS U TOTJIONIAIONIAs TOBEPXHOCTh C
BBICOKOH TMPOITYCKHOM crocoOHOCThIO [66]. OHa XapakTtepu3yercs HEOOBIYHO
BBICOKUM COJIEpKAHUEM TIIMKOJIUTMUIO0B (mpubnu3uteabHo 30% ot ob1ero aunuaa
MeMOpaHbl), 4YTO  MO3BOJSIET  (OPMHUPOBATH  JKUJIKHE  YHOPAJOUYECHHbBIE
MHUKPOJOMEHBI, 00JIee M3BECTHBIC KaK JUMHUAHBIE padThl. [ mukommmuaabie padThl
CTAOMIIM3UPYIOTCS TaJEKTUHOM-4, TBYXBaJIEHTHBIM JIEKTUHOM, KOTOPBIN CIIMBAET
OCTaTK{ TallakTo3uja (M JPYTUX YIJIEBOJOB), MPHUCYTCTBYIOIIME HA JIUMUIHBIX
MeMOpaHaXx W HEKOTOPHIX OelkaxX IETOYHON KaeMKH, BKIIOYas HEKOTOPBIC W3
OCHOBHBIX THUApPOJa3. OTH HAJAMOJEKYISIPHBIE KOMIUIEKCH JIOMOJIHUTEIHHO
CTaOMIM3UPYIOTCS C TMOMOIIBI0 MHTEIEKTHHA, KOTOPHIH Takke (yHKIIMOHUPYET
KaK KHAIIEYHBINA perenTop jJakrodeppuna. Hakonen, aHTUTTMKO3UIILHBIC AaHTUTETIA,
CUHTE3UPyEMbIC  IJIA3MAaTHUYECKHUMHM  KJICTKaMH JIOKAJIBHO B  KHUIIICYHHKE,

OTKJIaABIBAXOTCA Ha TIJIHUKOJIUIINIHBIX pa(I)TaX ((HlCTO‘{HOﬁ KaCMKHn», 3aluiias
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AIUTENIUH OT JIFOMEHAIBHBIX TATOT€HOB, KOTOPHIE UCIOJIb3YIOT JIUMUJIHBIE padThl B
Ka4eCcTBE OPTAJIOB Il IPOHUKHOBEHUS B OpraHmu3m [65].

N3ydyenne OEIKOBOTO COCTaBa M30JMPOBAHHBIX «IIETOYHBIX KaeMOK»
HHTEPOLMTOB  BBISBHJIO, B 0OmIEH  CJIOXHOCTH, 646 O€lKOB  pa3HBIX
GYHKIUOHATBHBIX TPYIMIT: (EPMEHTHI «IIIETOYHOM KaeMKW» (qucaxapujiasbl,
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, anoidumnpoTedH A, anoxunonporedH 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.

Meowcknemounvie coeounenusi. ' @pMETUUHOCTh U CTAOUIIBHOCTH KUIIIEUHOTO
SIUTENUST  OTPENEstoTcs  (GOPMHUPOBAHUEM  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  (pyHkuus Oapbepa) W PEryJUPYIOT 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, mpeacTaBisieT COOOM CIOXKHYIO
ceTh OeNKoBBbIX (UOPWIT BHYTPU IUIA3MAaTUYECKOM MeMOpaHbl, KOTOpbIE
OKpPYXKaIOT KJIETKY MO MEepUMETpy B HEMOCPEICTBEHHOUN OJIM30CTH OT MpOCBETa
kumieynnka [283]. [lnoTHele COeIMHEHUWS WIrPAIOT YHUKAIBHYK pOJb B

repMeTu3alnn  MEKKIICTOYHOI'O IIPOCTPAaHCTBA MW CO3JAdHHA OJIIMUTCIMAIBHOIO

Oapbepa [154].
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OuOpUIbl  MIOTHBIX  COEAUHEHUM  COCTOST M3 aATre3UBHBIX
TpaHCMEMOpPAHHBIX OEIKOB, KOTOPHIC ACCOIUUPYIOTCS C aHCAMOJSIMU OEIKOB
IUTOCKEJIETa HA IIUTO30JILHOM MOBEPXHOCTH MeMOpaHbl. MEXKIETOUHBIN Oapbep
co37aeTcsi TOMOTHUIIMYECKMMHU B3aUMOJCUCTBUSIMU MEXKIY TpaHCMEMOpaHHBIMU
OelKkaMu KOHTAKTUPYIOIIMX DSMHUTEIUATBHBIX KIETOK (OKKIIOAWH, KIIAyJAHHBI,
COeIMHUTEIbHAS MoJIeKyna aaresun-A, JAM-A). MexkierouHnas aare3us
YCHJIMBACTCS W PETyJIUPYETCs ITUTO30JbHBIMU Ociikamu, Hampumep AF-6/afadin,
KOTOpbIE TPYNIHUPYIOT H CTAOWIM3UPYIOT TPAHCMEMOpPAHHBIE KOMIIOHEHTHI
IUTOTHBIX COCMHEHUH Ha TIa3MaTtuieckoit memopane [110, 252].

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

[InoTHBIE COEMWHEHUS TPEACTABISIIOT COOOW TWHAMHUYECKHE CTPYKTYPHI,
OapbepHyI0 (PYHKIIMIO KOTOPBIX MOXXHO PEryJupoBaTh BO BPEMs MOTJIOIICHHUS
pacTtBopeHHOrOo  BemiecTBa. (C  KOMIIOHGHTaMH  IUIOTHOTO  COCIUHEHUS
(GYHKIMOHATBHO — B3aUMOJACHCTBYIOT O€IKH  aKTHHOBBIX MHUKPO(MUIMEHTOB,
KrHa3bl, (hocarasbl U BHYTPUKICTOYHBIN TPaHCTIOPTHBIN ammapar [188].

ANre3VBHBIC COCAMHCHHS paclojlaraloTCs Ha 0a3ojaTepallbHOW YacTH
MJ1a3MOJIEMMbl HUKE TUIOTHBIX coefauHeHud. OHHM, B OCHOBHOM, cocToAT u3 E-
KaJIFepUHa, KATCHUHOB M aKTHUHOBBIX (QuiiameHToB. OHU HE co37aroT Oapbep, HO
00ecCreunBalOT CHIy, HEOOXOAMMYIO IS YAEpKaHWs KJIETOK BMECTE W
dbopmupoBanus HemnpepsiBHOro osmurenns [189]. Kpome Toro, aare3uBHbIE
COCIMHECHUS OOCCIICUMBAIOT WHHUIMAIIMI0 W CTAOMJIM3AIMIO MEKKJICTOYHOM
aAre3nu, PEryysalyui0 aKTUHOBOTO ITUTOCKENETa, BHYTPHUKJICTOUHYIO Tepeaady
CUTHAJIOB U PETYISIIIUIO TPAHCKPUTIIIUU. SIIpO aIre3UBHOTO COSUHEHUS BKIFOYACT
B3aMMOJICUCTBUS MEXKIy TPaHCMEMOpPaHHBIMH TJIMKOIIPOTEMHAMH CyIIepCeMecTBa

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 (QyHKINIO aare3uBHBIX coeauHenmii [110].

B kwumeyHom snurtenuu, Ha 0a30JaTepasbHOM YacTH  IUIA3MOJIEMMBI,
JUCTalbHEE aJre3WBHOTO  COCJAMHEHHUS  pACIoOJiararoTcs jJecMocombl  [86].
JlecMocoMa mpeJicTaBisieT co00i MPEepPhIBUCTYIO, TOJJ00OHYIO KHOIIKE, CTPYKTYPY, C
XapaKTEPHBIM MEXKJIETOYHBIM TMpocTpaHcTBOM (~ 240 A). OHa CcOAEpKUT:
HEHTPAJbHBIA JUCK U3 IJIOTHOTO Marepuana; JUCKPETHBIC IUTOIIa3MaTHUYECKUE
«OJIAIIKWY», PACIIOIOKEHHBIE MapaIeIbHO BHYTPEHHEN MOBEPXHOCTU KIIETOYHOMN
MeMOpaHbl; My4YKH UTOTIA3MATHYECKUX (PUOPUILT, CXOIAIIUXCS Ha «OJISIIKAX.

[{utockeneT aHTEPOLMTa, OUEBUIHO, UTPAET BAXKHYIO POJIb KaK B T€HEpaIlNH,
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 oOpraHesul BIOJb MHKPOTPYyOOUeK
OoOyCJIOBJIEH, B OCHOBHOM, JBYMs THUIIAMU MOTOPHBIX O€JIKOB: JUHEUHOB U
KHUHE3UHOB. BOKOBON MeMOpaHHBIN JOMEH CTPOUTCS HAa OCHOBE CIEKTPaIbHOTO
MEMOpPaHHOTO IMTOCKENIETa, COCTOSIIEr0, B OCHOBHOM, M3 aKTHHA, CIIEKTPUHA U
aHKUpUHA. AHKUPUH CBS3BIBACTCS C PA3IMYHBIMU UHTETPATbHBIMU MEMOpPaHHBIMU
OenkamMu, 4TO, BEPOSITHO, UTPAET PEHIAIONIYI0 POJIb B MOJICPKAHUU U / WIH
reHepalud  MOJISIPU30BAHHOTO  pacmpelesieHuss  3THX  0a3onarepaibHbIX
MeMOpaHHBIX O0enkoB [94].

[IpomonbHasi oOpueHTalMs U TPUBSA3KA K AaNuKaIbHOW MeMOpaHe
HEILIEHTPOMEPHBIX Tpybouek ocymiectBisieTcs: oenkom CAMSAP3 (kanbMoayvH-
PETYIUPYEMBI-CIIEKTPUH-aCCOIIMUPOBAHHBIN  O€OK  3), KOTOPBIA CBSI3BHIBACT
OCIOK MMHYC-KOHIIa MHUKPOTPYOOUKH. DTOT MEXaHW3M HEOOXOIUM  JIst
MOJAJCP)KaHUSI BHYTPUKJICTOYHOM 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 rogoB [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 TpaHCmopTa: 1) dYepe3 IIa3MojeMMy MHUKPOBOPCHHOK SHTEPOIMTA B
UTOIUIa3My  KJIETKH; 2) OT anuKajdbHOM 10 0a3oiarepajibHOM  YacTH
Ia3MaTUYecKod MeMOpaHbl SHTEPOLNTA; 3) uepe3 IIIa3MOJIEMMYy JHTEPOIIMTA B
MEXKJIETOYHOE W HWHTEPCTUIIHAIBHOE TPOCTPAHCTBO; 4) W3 HWHTEPCTUIUSA 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 —
XUJIOMHUKPOHA U JIMTIOMPOTEHHOB OYEHb HU3KOH mmoTHocTH [115].

bru1o mokaszano, 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, uyro KK mnomagaror cHayaima B
IIUTOTUIa3My SHTEPOITUTOB, a YXKE€ 3aTeM 3axXBaThIBAIOTCS JHOIIA3MAaTHYECKON
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 IlpeXM mpeacraBiasieT co0OM CIOXKHBIA TIPOIECC YIMAKOBKH
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 amoJuIonporenHamMu (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 nmpyruMm JaHHBIM, HMMYHOTHCTOXUMHYECKHE HCCIICIOBAHUS BBISIBUIIH
ycuwiieHne «Metkm» Ha ApoB B mpodumisax ['DP yxe yepe3 5 MHHYT moclie
BBEJICHUS JINTTUOB B rpocBeT kumku [230, 288].

[Ipogomxaer o6Ocyxknarbesi mHeHue, yto KK cHawana mnomagaroT B
LHUTOIJIa3MYy SHTEPOLIUTOB, a YK€ 3aT€M 3aXBaThIBAIOTCS SHIOIIA3MaTHYECKON
cetbio [159].

Eme B 1959 romy Palay S. L. and Karlin L. J. (1959) noka3zamu, 4rto
npubIM3UTEeNbHO Yepe3 20 MUHYT Tociie KOPMJICHHS KYKYpy3HBIM MaclioM Ha
IIETOYHOM KaeMKe MEXAY MUKPOBOPCHUHKAMM TOSBISIOTCS MaJCHBKHE >KHUPOBbBIC
Kar. B TO ke BpeMsl JKUpPOBBIE YACTHUIBI BUIHBI BHYTPU MHUHOIUTOTHYECKHUX
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,
BHEIIIHSSL TOBEPXHOCTh KOTOPOM OblJa WHOT/A TMOKPbITa TOHKOJIUCTIEPCHBIM
KOMITOHEHTOM IuToI1a3Mbl [198].

B Oonee mno3gHUX MCCIENOBAHUAX JKAPOBBIE Kallld B HaAbSJIEPHOU
LUTOIIa3ME HHTEPOLUTOB OBbUIM MOKa3aHbl yepe3 25-30 MUH mocie KOpMIIEHUS
YKUBOTHBIX. ABTOPBI YTBEPXKAAIOT, YTO MPHU OOJBIIOM KOJIMYECTBE MOTIOMIEHHBIX
JUNUAOB MOXET MPOUCXOAUTh UX OTUICIUICHHE OT LUTO30JIbHOW IMOBEPXHOCTU
MeMOpansl DOP ¥ HakoIUieHWe B IUTOIUIA3ME B BHUJE ITUTO30JBHBIX JUMUIHBIX
kanenb. [Ipu stoM XM sHTEpoLMTa ONMMUCHIBAKOTCS OBAJIBHOW WJIW YIJIMHEHHOU
dbopMBbI, TOT/Ia KaK JUIUIHbIE Karuid, GOPMUPYEMbIE U3 HEHACHIIEHHBIX JKUPHBIX
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 MHKPOBOPCHHOK. ABTOPBI
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MPEANOJIOXKUIN, YTO JIMMUJIHBIE KAl oOpa3yroTcsl MOCIHE JIMMHUIHON Harpy3Ku
O4YeHb OBICTPO M B HEMOCPEACTBEHHOW OJIM30CTH OT aNmUKaIbHOW MEMOpaHBI
MUKpPOBOPCHHKHM,  KOTOpass  MOXET  MPEACTaBIATH  COOOH  CTPYKTYpY,
00CCIeYMBAOIITYO [IUTO30JIbHBIN TpaHcopT JunuaoB B DP [80].

Takum 00pa3oMm, Ha CETOMHAIIHHA JEHb HET OMPEICICHHON SICHOCTU B
BOIPOCAX MOTJIOIIEHUS JTUMUIOB.

benkoBo-dochomunuanas ctpykrypa XM uMeeT ompenesieHHOE CXOICTBO
CO CTPYKTYypOHl KIETOUHBIX MeMOpaH, 4YTO, T[O-BUJUMOMY, IIO3BOJSIET UM
CPaBHUTEJIBHO JIETKO IEpeMeIlaThCsl BAOIb MeMOpaH OP M HakaminuBaThCs B
nucrepHax KI'. Hucrepusl KI' Obun Taxke 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 MOJOBO3PEIIBIX
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 u
WHTEPCTULIMATBHOM MTPOCTpaHCTBax [4].

[To Mepe sKk301MTO3a Macca abCOPOMPOBAHHOTO BEIIECTBA B PACHIUPEHUSX
MEKKIIETOYHOTO MPOCTpaHCTBa yBenununBaeTcs [3]. Y ToJj0aHbIX )KUBOTHBIX IIENb
MeXy 0a3oaTepabHBIMHA YacTSIMH TJIa3MaTHIECKHX MeMOpaH coctaBisieT 15-30
HM, a BO BpeMsI TPAHCIIOPTA JIMITHI0B OHA yBEeJIUYHUBaeTcs 10 2-3 MM [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¥, KPOBEHOCHBIMH U IMM(ATUUCCKUMH Kanmuisipamu [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 JUIIUI0B
U3 MPOCBETA KUIIKH B COOCTBEHHYIO MJIACTUHKY
KHMIIIEYHOH BOPCUHKHU

MosnekynspHble MEXaHU3MbI MOTJIOIICHUS JIMTTUIOB B KUIIEYHOW BOPCHUHKE
aKTUBHO W3y4aloTcs. BBIIO MOKa3aHO, YTO TOTJIONIEHUE HU3KOMOJEKYISIPHBIX
JUTUAOB MOXET OCYIIECTBIATHCSA KaK MacCUBHON nuddys3uei, Tak U aKTUBHBIM
tpancnoprom. O6erdyeHHas qudysus nmpeodaagaeT NMpu HU3KUX KOHIICHTPAITHASIX
YKUPOB, TOrAa Kak mpoctas auddy3us npeodianaeT mpy BRICOKUX KOHIICHTPAITHAIX
[46].

[IleTouHass KaeMKa SHTEPOIMTA UMEET MEMOpaHHBIC JUIHU 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].

benkoseiii  komriekc CD36/FAT  (OKupHO-KUCJIOTHAasi  TpaHCJIOKa3a)
CBS3BIBACT PsAJI JIMTAHIOB, BKIouas iuHHOLEnodeuHnble JKK, HaTWBHBIC WM
MO (HUIIMPOBAHHBIC TUTTONPOTEHHBI [89].

benok CD36 MoOeT AeiCTBOBATh KakK JMUIUIHBIA peLenTop, KOTOPbIN
3aIyCKaeT BHYTPUKJICTOYHBIA CHUTHAJ, TPUBOIANIANA K MOIYJISIIMH IKCIPECCUU
JIMITTAT] CBSI3BIBAIONINX OCJIKOB, YUACTBYIONIUX B 00pa30BaHUM XMIIOMHKpOHA [95].

benok CD36 gyHkunoHupyeT B Ha4aJIbHOU (ha3e MUIleBapeHUs] B MOJIOCTH
pTa, o0ecreuyrnBaeT TPAHCIOPT OJECMHOBOM KHCIOTHI B TOHKOM KHIIKE, a TaKkKe
xkoopaunupyet Bkiodenus KK u xonecrepuna B TI [16].

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

Ontepounutr uMeer 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-CBSI3bIBaIONIM Oestok [246, 247]. B aHTepoInTax SKCIPECCUPYIOTCS 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 u omocpenoBaHHON mpoiu@epaTopakTUBUPOBAHHBIM
peuentopoMm (PPAR) a-mepokcucoMbl perymnsiuu dKcnpeccun reHoB [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 KK [246].

I'enetnueckas nenenma FABP1 wim FABP2 He Biusiia Ha BcacbIBaHUE
MUIIEBLIX JIMITAIOB NTa)K€ BO BPEMS XPOHHYECKOTO BCKAPMIIMBAHHS C BBICOKHM
cozepxanueM xupa [128, 208, 255].

benok FATP4, npucyTcTByIOIINI B «IIETOYHOW KAEMKE», TAKKE YYACTBYET
B nontomiennn 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 Onur maiinen B OP, m mokaszaHO, 4TO €ro
9KCIPECCHS] MOXET CTHMYJMpoBaTh Oojbinee moriomienue KK [44]. Tem He
MEHee, y Mblled ¢ HyneBbiIM FATP4, mnonydaBmmx pamuoH ¢  BBICOKUM
COJIEp)KaHUEM JKHUpa, HUKAKUX CEPhE3HBIX HW3MEHEHUH (MOTpeOseHue MHUIIH,
YBEIMYCHHE Beca, KUIICYHBIA XOJIECTEpUH, aOCOpOIHS TPUTIUIICPUHA, IOTEPS
dbekanpHOTO KMpa) He Halmonanock. Ilpu 3ToOM yBenudeHue Ccoaep KaHus
tpuarpiriauiepuHoB u KK B sHTeporuTax HaOMI0AaNIOCh TPH UCIOIH30BAHUU
nuet, Ooratbix okupamu [88]. Takum o00pa3oM, HMeEMOIIHMECs JJaHHBIC HE
MOATBEPXKAat0T nepBocTencHuyto posib FATP4 B mormomennu TT ¢ mueii [50].

[Ipeanonaraercs, d9ro  MeMOpaHHBIM  O€IKOM,  CIIOCOOCTBYIOIIUM
MOTJIOLIEHHUIO KUPHBIX KUCJIOT, ABIseTCA KaBeoJinH. BoBneuenue CD36 B kaBeobl
MO>KET YCHUJIMBATh MOTJIOIIEHNE KUPHBIX KUCI0T yepe3 CD36.

Hpyrum OelKkoM, CHOCOOCTBYIONIUM IIOTJIONMICHUIO JKUPHBIX KHCIIOT,
apisietcs  ammii-KoA-cunrterazal. OToT MeMOpaHHBIM  (EpMEHT aluiaupyer

JKupHbIe KUCTOTHI ¢ Co-A Ha IIUTO30JIbHON CTOPOHE IJIa3MaTHUYECKOM MEeMOpaHbI,
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M0 CylIecTBY, 3anepxuBasi KK B IUTO30JpbHOM KOMIIAPTMEHTE MJI PA3IUYHBIX
MeTabonmmyeckux myTeit [199].

NMeroTcst cBelleHUs, YTO MPOIECC TPAHCTOPTa JUMHUA0B B OP 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 ¢ MeMmOpaHou — juist FABP2 [249, 276]. TIpu atom FABP1 moxer
TaK)Ke B3aMMOJEHCTBOBATh C MEMOpaHaMU U, B YaCTHOCTH, ¢ MeMOpanamu OP, rie
OH, KaK TNpEeanojaraercs, NOMOIraeT WHULMUPOBATH OOpA30BAaHUE JIUIHIHBIX
TPaHCIOPTHBIX My3bIpbKOB [150].

KK nomxHbBI ObITh MAKCUMAJIBHO CBSA3aHbI, T.K. UX CBOOOJHAsI IUTO30JIbHAS
bpakuus MOXET NMPUBECTH K HAPYIICHHIO CTPYKTYPhl KJIETOYHBIX MEMOpaH H
rudenu kierok [250].

Obpaszosanue npexuromMuKpoHa.

B OP monornuuepuas! u XK noBropHO 3TepuduuupyroTcs ¢ o0pazoBaHUEM
TPUTTIMUEPUAOB. PecHHTE3 TPUTITUUEPUIOB MOXKET MHPOXOJIUTH ABYMS MYyTSIMHU:
MoHoanuaraunepuaoBomy nytd (MAG-nyts) u raunepoi-3-pocharaomy (G3P-
nyTh). Bropoii BHOCHT ipumepHOo 20% B CHHTE3 KHIIEUHOTO TpUrmiepua [45].

Tpurnunepus, CHUHTE3UPOBAHHBIM 10 MOHOALUMJIIIMLEPUHOBOMY IIYTH,
ObICTpO  Hcroyb3yeTcs Jjsi  oOpazoBanus XM. OpaHako  TPUTIHLICPU,
oOpazyrornuiics uepe3 riauieponadocharHplii 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), anomunonporenn Al (apoAl) u anonunonporend 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 (opmoii apoB, CcHHTE3WpOBaHHOW 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 KuIlleUHUKE 3aMEIJIsAETCS, CIEAOBaTEIbHO, apoB48
perynupyet 3¢ 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 »skcmepuMeHTe  HOKAayTHPOBAHHBIMH  MBIMIAMH,  CIIOCOOHBIMH
npoayuupoBatbk Tosbko apoB100 Oputo mokazaHo, uto apoB48 sBisiercs Ooiee
MPEANOYTUTENBHBIM OeTKoM s A PexkTuBHOTO 00pazoBanuss XM U MOTJIOMICHHUS
JUTUAOB, ¥ TIPH €r0 OTCYTCTBUHU KHUIIICUHHUK MPOIYIIUPYET MEHBIIIECE KOJIHMUSCTBO
JIMITOTIPOTENHOB, OOTaThIX TPUTIHIIEPHIOM (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 (ocobenHo amuHOKUCIOTHI 344-354) BaxHa ans Bbixoga XM B jaumdy
[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
cekpeTupyercs Ha noBepxHoctd XM k 6azonartepanbHoii MmemOpane. Ilocne atoro
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 yBenndeHus pasmepa XM [195]. Dra poas apoAIV mMoxer ObITH
oOyCJIOBJieHa  €r0  CIOCOOHOCTHIO  CTAOWJIM3UPOBATH  PACHIMPSIONIYIOCS
MOBEPXHOCTh pa3zeNia JUMUA / BOJAa BO BpeMsl CHHTE3a IJMIOMPOTEHWHA, YTO
NPUBOJUT K 00pa30BaHuIO 00Jiee KPYIMHBIX TPUTIUIepUa-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 TMPOKCUMAaJIbHBIX IIOYEYHBIX 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
TPUTIMIEPUAOB, YTO O0OJIer4aeT ONTHUMAIbHOE CBOPAYMBAHHE CHUHTE3UPYEMOIO
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 cojiepskanreM JianuaoB [14, 278, 293]. Ognako 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
ykasbpiBaeT Ha 1O, yT0 MTTP crmoco6¢TByeT ero cOopke B JUIONPOTEHHBI [122,
213].

MTTP HeobOxoauM U, B MPUCYTCTBUU apoB, qocraroyeH Ayig oOpa3oBaHus U
CEKpeIMu JIMMONMPOTENHOB M TPHUAAET CIOCOOHOCTh CEKPEUUU JIMIHIIOB HE
JUMONPOTEHH-CEKPETUPYIOMUM  KJIeTouHbiM  JimHusM ~ [213].  Hampotus,
dapmakosiornyeckoe uHruOupoBanue MTTP [145] OnokupyeT Cekperuio Kak
apoB, Tak u munonporenHoB u3 remarorutoB [20, 139] u suTepormToB [53].

BobiBatonmii rudens kiaetok DFF45-nogoOusbiil sddextop B (CIDEB)
MOKET CIOCOOCTBOBaTh OTJIOKEHHUIO TPUANMWITIUIIEPUHA BO BpeMs COOpKHU
aunonporenHoB  [238]. CIDEB sBnsietcss 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 HU3KUM  COJICp)KaHHUEM
TpUALWITJIMIEPUHA M MO03BOJsieT mpeAanonoxuth, uyto CIDEB  moxker

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 JO0 JUCTAJbHOIO KOHIA, aAHAJOTHYHO
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 cekpeunto 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 ¢ skcTpy3uell aMUHOKOHIIEBOU
yactu Oenka B mpocBeT OP. Eciu apoB48 He nunuaupyercs, OH AerpagupyeT ¢
ydactueMm rporeocoM. ApoB-48 nmumunupyercs npu nomoriu MTTP, uto crnacaer
€ro OT Jerpajaliii U MPUBOAUT K oOpazoBanuio [TpeXM.

MTTP MoeT mepeHOCUTh JUNUA U3 MeMOpaHbl DP HemocpeiacTBEHHO K
apoB48 nnm MoxxeT cBs3bIBaTHCS ¢ ap0B48, uToObBI cC1TIOCOOCTBOBATH MPABUIBHOMY
CBEPTHIBAHMIO U CBSI3BIBAHUIO C JIUIIAIAMH.

Ha Bropom »stame MTTP omocpeayer IoMOTHUTENBHOE OOBEMHOE
JUIIAIPOBAHUE NEPBUYHOM dacTulbl. Bo Bpemsa storo mnpoumecca apoAlV
n00aByIIeTCSl K MOBEPXHOCTH YACTUIIBI U, MPEINOJIOKHUTEIBHO, UTPAET POJb B
nporecce coopku [32].

COopka TpPEXWJIOMHUKPOHOB HAUMHAETCAs C  TpaHCIOKaluu  apoB,
CUHTE3UPYIOIIMXCA Ha MeMOpaHax IIEpOXOBAaTOr0  HHAOIUIA3MATHYECKOIO
perukyioma, B npocser OP. Ilpuuem ykazaHHOE mepemMenieHrne 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,  mojBepraroIUMUCI  YaCTUYHOMY

JMITAIMPOBAHNIO U OPraHU3allMy B IEPBUYHYIO YAaCTHUILy BHYTPH LIepoxoBarou JP

[36].
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Caittel HayanbHOTO OOpa3zoBaHus [IpeXM MoryT momydarb TPUTIIMIIEPHIBI
U3 UX CaiTOB PECHHTE3a MOCPEACTBOM JaTepanbHOi 1udPy3un BHYTpH MEMOPaHbI
OP. BmomnHe BeposITHO, 4YTO OIpeAeieHHbIe O€NKU MOTYT CIocoOCTBOBATh
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 TunuanpoBaHus 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 kakoii-ro momeHT [IpeXM otnensitorcs or memOpanbl DP 1 cTaHOBSTCS
MpOCBETHON yacTuiel. MakTophl, yHMpaBiAIOIIME 3TUM MPOLECCOM, HE COBCEM
noHATHBI [24, 279]. EcTh ocHOBaHHS IoOJaraTh, YTO pa3Mep MHOJUNENTHIA apoB
OIpeeNIIeT TUaMeTp JUMONpOoTenHOB [83], MOCKOJIbKY B Ka)JIOM XHJIOMHKPOHE
UMeeTCs JIUIIb OJHa MOoJIeKy/1a 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 KkpaitHel Mepe, CylIeCTBYeT ABa (hakTopa, y4acTBYIOIIHE B
naHHoM Tporiecce: Oenok MTTP, koTopslifi mpu JucCOLMAIIMU BBICBOOOXKIAET
[IpeXM u3z OP wu apoB, koropsiii pacnosznaercss komiiekcom COPII ms
CEJICKTUBHOIO TpaHcnopra. Ha cerogHsmHuil JeHb B JUTEpAType Yallle BCEro
oOcyXX/aeTcsi, Tak Ha3blBaeMasi «BE3UKYJSIpHAs TUIIOTE3a», COTJIACHO KOTOPOH
COPIl-mpou3BoaHbICE  TPAHCHOPTHBIE  MY3bIPHKHA  JOCTaBISIOT  YaCTHUIIBI
JUTIONPOTeMHAa B 1UC-T'ONBIXKKM, TAE€ OHM TMOJBEPraroTcs JajbHEUIIeMy
CO3PEBAHUIO MOCPEACTBOM TJIMKO3WIMPOBAHUSI U JAJbHEUIIETO JIUIMHANPOBAHUS
[56].

COPIlI oOpasyercss B pe3yibTare MNOJUMEpU3alUA OCJIKOBBIX YaCTHII:

Sec23p, Sec24p, Secl3p, Sec31p, Sarlp, koTopsle, coOupaschr 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 kommiuekcy [TonbkM, HO Takke  MOXET KOHIEHTPHpPOBAThH
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 OTPAHUYEH M COCTaBisieT OT 55 a0 70 HM B auamerpe.
CrnepnoBartenbHO, pa3Mep JaHHOTO TPAaHCIOPTEpa HEAOCTATOUYEH ISl IEPEMEILICHHUS
[MpeXM, cpemuuii muamMeTp KOTopbix okoio 250 um [56].

Bo3nukna rumore3a, B kotopoil Beixon I[IpeXM u3 OP ocymectBusieTcs
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
cmuBathest ¢ KI' m mocraBisate rpy3 B ero muctepubsl [291]. Onm Takxke
orimyaroTcss oT COPII-ipon3BOIHBIX BE3UKYJI, IEPEHOCAIINX OCIOK IO pa3Mepy,
IJIOTHOCTH, COCTaBY M, YTO HauOoJyiee Mopa3uTenbHO, OMoreHesy u3z memopan OP.
Hampumep, eciu B orcyrctBue Sarl obpazoBanre COPII-pon3BOgHBIX BE3UKYII
NMOJMHOCTBIO  mpekpamaercs, 1o PCTV  mpomomker ¢dopMupoBaTthest 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 KoMmoreHToB COPII [56], u ObL10 MOKa3aHO, 4TO OSJIKK MOKPHITHS XOTSA U HE
HYykHbI 151 oOpa3zoBanust PCTV, neo6xoaumel aiisa ciusaust PCTV ¢ koMiiekcom

[osbmxu [160].
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Ocraercs HesacHblM, Kak IIpeXM nokungaror wmemOpany OP. Ha
CErOAHSAIIHUMA MOMEHT W3BECTEH €IUHCTBEHHBIM IMOJHOCTHIO  AKTHBHBIN
LIUTO30JIbHBIA ~ O€JIOK, KOTOPBIA  MOXET CaMOCTOSTEIbHO T'€HEPUPOBATh
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
cpenHeM ~ 250 HM), TIaBydYel IUIOTHOCTBIO M HanmuuueM 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
MPEATNOJIOKUIIN, YTO 3T PE3YJIbTaThl 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]. Ilpu sTOoM pasHOOOpasHbIE WHTHOUTOPEI
MPOTEUHKUHA3bl A U MPOTEMHKHWHA3bl B He OKa3bIBaM KAaKOro-JIMOO BIMSHUS Ha
dopmupoBanue PCTV-mouku, a o6paborka xkambpoctHOM C  (0OIIM
UHTHOUTOpOM Bcex u3oopM mpoTrenHkuHazbl C) MpoIEeMOHCTpUpOBaia
3HAUMUTENIbHOE CHWXeHue oOpazoanusi PCTV, uTo mpeamornaraer mx ydactue
[235].

ITociie Toro, xkak PCTV BBICBOOOXKIAIOTCSI B IIMTO30Jb, OHU JOJKHBI
coenuHuThes ¢ nuc-momocom KI. AnpecHoe cnmsiaue obecneunBatoT 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
XapakTepHyl0o  ~70-aMHMHOKHCIOTHYIO  TOCIEAOBAaTEIbHOCTh,  HAa3bIBAEMYIO
motuBoM SNARE [138]. Ucxons u3 mpucyrcTBusi octaTkoB apruauHa (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 TOCPEICTBOM CIOKHOTO MEXaHHU3Ma, B
kotopoMm R-SNARE ces3eiBaetcs ¢ Q-SNARE, ¢opmupys crtpykrypy B BHIE
cnupaid. 3a cuer wu3MeHeHus KoHpopmamuu SNARE-Genku npubnmxaror
MeMOpaHbl OpraHesl APYT K APYTy Ha OYeHb OJHM3KOE PAaCCTOSHHUE, IPU KOTOPOM
OHHU CHOCOOHBI CIUTHCS JIaXKe MPH OYCHb HU3KUX KOHICHTpalusx Kaibims [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 MPAHCNopma
XUTOMUKPOHA Yepe3 Komniexc 1 01v0xicu.

O Mexanusmax TpaHcnopta XM depe3 KOMIUIEKC ['OJbIKKW M3BECTHO HE
MHOTO. [lpy 3TOM HEMHOTOYHMCIICHHBIE JKCIEPUMEHTAIbHBIC JaHHBIC aBTOPHI
CTaparoTcsi OOBSCHUTh HA OCHOBAaHHMM THUIIOTE3 TpaHcropta OenkoB uepe3 KI'. Ha
CETOIHSIIHUN JIeHb OOCYXKIAIOTCS JBE OCHOBHBIE MOJENU TpaHcmoprta XM:
«BE3UKYJIIpHas» Mojenb, chopmynupoBanHas G. Palade (1975) [196], u moxens
«co3peBaHusi U mporpeccum» 1uctepH [135]. OgHako yaiie Bcero MpUHUMACTCS,
yro XM Ttpancnoprupyrorcs depe3 KI' Be3UKyIspHBIMM NEPEHOCUMKAMU.
PaccMoTpuM OCHOBHBIE MOJIEKYJISPHBIC B3aUMOJICHCTBUS, 00ECMEeUNBAIOIINE
TPAHCIIOPT TPY30BbIX MOJIEKYJI YEPE3 OpraHelTy.

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

K co6ctBennbiM Oenkam KI' MOXXHO OTHECTH TIWKO3WITpaHC(heEpasbl U
TJIMKO3UA3bl, KOTOPhIE B CTPYKTYpE CTOINKH JIOKAJIMU3YIOTCS TOCIEI0BATEIHLHO B
COOTBETCTBUH C 3TallaMy TIUKO3UIUPOBAHUS TPY30BBIX OenkoB. OIHAKO HEJb3s

YETKO OMPEETUTh 30HY JIOKATU3AI|K TOTo Wik nHOTO (pepmenTa B crpykrype 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 obecrneunBaioT ajpecHoe ClUsHUE
MeMOpaH mnepeHocuukoB B cTpykType KI'. I[losTomy mpu goctaBke Tpy30BBIX
MOJIEKYJI 10 ONPENEIIEHHOTO KIETOYHOr0 «aJpeca» Ha JOHOPCKOM M aKUENTOPHON
MeMOpaHax JI0JIKHa BCTpETUThCS onpeneiacHHas mapa SNARE-6enkos [117, 169].

Hucrepust KI' ynmepxuBarOTCsi B CTONOYHOW CTPYKTYpE OpTraHEIUIbI
Omaromapss ~ CJIOKHO  OpPraHU30BAHHOMY  MAaTpHUKCy, O€JIKH  KOTOpOro
B3aUMOJICHCTBYIOT C LIUTOCKEJIETOM KJIETKH. MaTpUKC HE TOJBKO MOAACPKUBACT
CTpYKTypy opraHemibl. Ero Oenkum Takke Y4YacTBYIOT B COpPTHUPOBKE U
00€ecreynBalOT MEXaHU3Mbl TpaHCIOpTa ceKpeTopHbix Mosekyn [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 OpraHesuibl 4eTKO ompenesieHo. Hanpumep, mexay OP u nwc-
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' mokamusyercst TpancmeMOpanHbiid 6enok ['osbmxun-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 TpancmopTHas Harpy3ka (GopMUpYeET «JIEHTOBUIHYIO» CTPYKTYPY
KI' (;arepanbHO€ COEIMHEHUE HECKOJBKMX 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, TOJUMEpPU3YsACh Ha MeMmOpaHe (QOPMHUPYIOT KEeCTKHE CchepruuecKue
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 crTopoHsl muc-nomtoca. OH cocTtoutr 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
TeyeHue 1-2 4yacoB coOuparoTcd B  MaKpOMOJIEKYJSIPHYIO  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 o00pa3yloTcs KOP3UHOMOJ0OHBIE
CTPYKTYPHI U3 MATH- WIN IECTUYTOJIHbHUKOB.

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

[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) nns kiaTpuHOBOTO
nokpeitus [183]. Dtu Oenku cnocoOHBI 00Pa30BLIBATE KOMILJICKCHI ¢ MOJICKYJIaMH
Makpospramu — TyanuHgudocharom (GDP) u ryanmatpudocharom (GTP).
Kowmrneke agantopoB ¢ ryaHuHTpUGOCHATOM CIOCOOEH JKECTKO MPUCOCTUHSITHCS
K MemOpane. Hanpotus, agantop B ryanuHangocPaTHOCBSI3aHHON (hOopMe 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

KJIQTPUH, KOTOphIE€ HAYMHAIOT TMOJMMEPU30BaThCs, (GOPMHUPOBATH 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
HAUMHAETCS OYECHb MEJICHHBIA TUAPONIN3, KOTOPBIA MOXKET KaTalu3UpOBATHCS
JPYTUMHU MOJIEKYJIaMH, 110 MEpe MX MPUCOCAUHEHUS, HAapUMep, CyObeIMHUIIaMU
KOAaTOMEPOB, TWUHAMHHOM M ApyruMH. llociie OKOHYaHUs, TUAPOIN3a KOMILUIEKC
ajantopa ¢ ryaHuHAU(POoCcHaTOM OTIAEIUTCS OT MEMOPaHBHI.

Ha cerogHsmmHuil JeHb HE BBI3BIBAET COMHEHHUS KIIIOUEBasi pojb OEIKOB
MOKPBITUI B TpaHCIOPTE, KOTOpas, B OCHOBHOM, CBOJUTCS K (OPMHUPOBAHUIO
TPAHCIIOPTHBIX MEPEHOCYMKOB HAa pa3HbIX H3Tanax CEKPETOPHOrO TpaHCHOpPTa.
OpHako pa3Hble HAyYHBIE IIKOJIBI MO-Pa3HOMY OOBSCHAIOT UX POJIb B TE€X WIHU
MHBIX MOJIEJISIX TpaHcnopTa Mojekya yepes KT

KiroueByto posib B mojAepKaHMM NPOCTPAHCTBEHHOM OpraHU3alluu Kak
9K30- TaK MW DSHIOLMTO3HBIX IIyTEH UIPaOT »JJIEMEHTHl LUTOCKENIeTa —
MHUKpPOTpyOOukrn u Mukpopuinamentsl [244]. Tlomoxenme KI' B Kkierke
TOJIICP)KUBACTCS TaK JK€ MOTOPHBIMH OClIKaMH: JUHEHHOM [/5], KOTOpBIH
OTBEYAET 3a MepeMelleHne MeMOpaH K MUHYC-KOHIy MHUKpPOTpyOOUeK, 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 MEMOpPAH Ha OOJIbIINE PACCTOSIHUS, B TO
BpeMs Kak BO3BpaT pe3ugeHTHhIX OenkoB DP u KI' — mpoiiecc He3aBUCUMBIN OT
MUKPOTPYOOUEK.

OO6cyxxnaeTcst yyacTUe aKTHHA U aKTUHCBSA3BIBAIOLIUXCS OEIKOB (aHKUPUHA,
MHO3UHA, CHEKTPUHA) B CEKpeTopHOM TpaHcmopte. [loka3aHa poib aKTHHOBBIX
(¢uIaMeHTOB B OTUICTNIEHUU BE3UKYJ OT IUCTepH. Kpome TOro, oHM MOTYT UrpaTh
pOJIb OMOPHOM CTPYKTYpbl, a TaKXe CIOCOOCTBOBaTh MPOCTPAHCTBEHHOMY
KOHTPOJII0 MeMOpanHoro Ttpancrnoprta [174, 205]. Tak OnokupoBaHHe COOpPKH
aKTHHA WHTHOUpPYET 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 ONMUCAHUE CTPOEHUs Komruiekca [ oibmaku,
B TOM YHCIIE, BO BpEMs TpaHCIOpTa JMNUI0B. He ommcaHo B3anmmonencTBhe
INIAJIKOM W I[IEpOXOBATOM HSHAOINIA3MaTUYECKOW ceTu. OcTaroTcs HEsACHbIC
BOIIPOCHl OPTaHMU3ALMHA MEXKIETOYHBIX KOHTAKTOB: HE ONMCAaHA JeTalbHas
JOKan3auusl JI€CMOCOM M IAJbLEBUIHBIX KOHTAaKTOB, B TOM YHCIIE BO BpEMs
BCACBIBaHUs JINIIUJIOB; HE ICEH XapaKTep KOHTAKTOB SHTEPOLUTOB C JECHIAPUTHBIMU
KJIETKaMH 1 TUM(OLUUTAMU U P IPYTUX.

ITocnenoBarenbHOCT 3TAnloOB TpaHcrnopra XM depe3 3HTEPOLUT KpPBICHI
OIMcaHa psAaoM aBTOpPOB [3, 4, 224]. OnHAKO OCTAaeTCsl 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 nokuparor OP n kakue MEXaHW3Mbl NTO3BOJIIIOT UM IPOUTH
yepe3 ctonky opraneiuibl? Kak XM pocrtaBisitorcss k 0a3osarepalibHOW 4YacTH
MJ1a3MOJIEMMBI U KOHIIEHTPUPYIOTCS OKOJIO 0a3aibHONM MeMOpaHbI U TPOXOJIST €€?

CoBpemeHHbIE MOJIEKYJIIPHO-OMOJIOTMYECKUE HCCIIETOBAHMS
COCpPEIOTOYEHBI Ha IMpoleccax pecuHTe3a XM u ux Bbixojga uz OP. Ilpoume
BOIIPOCHI MOJIEKYJISIPHBIX MEXaHW3MOB TPAaHCUMTO3a JHUNOUIAOB B DJHTEPOLUTE
KUIIEYHOW BOPCHHKM €IIE MPEACTOMT Yy3HaTb. Ha CerogHAmHu MOMEHT
CIIOPHBIMM OCTAIOTCSl JTaHHBIE O IMOIVIOLIEHUM JUNUAOB. [IpakTMuecku HUUEro
HEHU3BECTHO O MexaHm3Max TpaHcnopra XM uepe3 KI'. OTu u npoune cMmexHbie
BOMNPOCHl TPeOYIOT JETaJbHOTO M3YYEHHUS M YTOYHEHUS, UYTO BaXHO JIf

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 JIMHUU 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 COJEPKATUCh HA CTAaHJAPTHON Ta00OpaTOPHOM JUETE B KIIETKaX 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
KOMOHWHAIIMHY TIpenapaToB 30JeTUIa U poMeTapa B COOTHoIeHuu 3/1.

JI71s1 u3y4eHus CEKPETOPHOTO MYyTH XUIIOMUKPOHOB B YHTEPOILIUTE 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 MOJIOCTh U IIMPHUIIOM M3 HAYaJBLHOTO OT/IeJa
TOHKOM KHUIIKU 3a0upayicsi XUMYC. Y KPBICHI-PEIIMITUEHTa TaKXe BCKPBIBAIM
OPIOIIHYIO MOJOCTh U B HAYAJIBHBINA OT/I€NT TOHKON KUIIKH BBOAMIIA XUMYC KPBICHI-
JIoHOpa. i1 vuccneioBaHusl MCCEKAJICA HAa4aIbHBIM OT/IE] TOHKOW KHUILKA Yepes S,
10, 25 u 45 MmuHyT NI0CJie BBeJIeHUS XUMyca (Tabnuua 1).

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

KoHTponbHO#M Tpynmoii ctanu 5 KpbIc ociie 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 nmoctpukcupoBanuce 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
BOCXOJISIINIEH KOHUEHTpAaMK. [[Ji1 3TOr0 OHU MOMEIIAIUCH 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
cmounbl («Epon 812») B mpomnopiuu 1:1 Ha 2 yaca mpu KOMHATHOUM TeMIieparype.
[locne ynmanmeHuss cmecu  Jo0aBisyiach  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 uccienoBasus 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 MuH. moclne 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 3JIEKTPOHHO-TOMOTrpaduyeckoro nuodpaxenus; M/m
— MmopdomeTpusi.
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Cnoco0bI yayuyleHusi KOHTpacTa

Jlns ycunenust koutpacta 6enkoBbiX mokpbiTuid (COP 1, COP II u knatpuna)
UCIOJB30BaM 1%-pacTBOp TaHHUHOBOW KHUCJIOTHI MpUroToBNeHHBIN Ha 0,05 M
kakoauinaTHoM Oydepe (pH 7,0). Hns sroro, mocie ob6paborku 1%-pacTBopom
OsQy4, KIETKH OTMBIBATHCH OydepoM U 00padaThIBAINCh TAHHUHOBOW KUCIOTOH 1
yac. [Tociie mpombiBanus 00pa3ioB OydepoM U Tpuxabl pacTBopoM PBS 00pasiibi
00€3BOKMBAIM B CHUPTAX BOCXOJAIMIECH KOHIIGHTPAIMM U 3aKIOYald B
SIOKCUJHYIO CMOJIy MO CXEM€, MPUBEACHHOW BbIIIE. JIOMOJIHUTENbHBIM 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]. dus sroro
oOpasiel nociie gukcaruu 1%-pactBopom riyTapoBoro 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
Bojae U 3% deppounanuaom kamus (1:1) ma 0,2 M kaxoaunatHoMm Oydepe, (pH
7,4) B Teuenune | yaca Ha Jbay. 3aTem o0pasnbl mpombiBaid 6 pa3z 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 paza u obpabateiBanu 20 muH. OsO4 npu KOMHATHOM
TeMmreparype. 3aTeM TOBTOPSUIM €II€ OJWH IUKJI: THOKapOOTUIpO3UI —
kakoauiaTHeI Oydep (3 paza) — OsO,. Jlanee mocine MECTUKPATHONM MPOMBIBKU
PBS npoBoawiu JeruapaTaliyio B CIIUPTaX BOCXOAAIIEH KOHIICHTPAIIUU U 3aJIMBKY
B CMOITY.

CkaHupywuas 3J1eKTPOHHAS MUKPOCKOMUS

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
kuciaotel Ha 0,1M kakoaunatHoM Oydepe (pH — 7,4), nocrdukcanuio B TeUCHHE

gaca B 1%-pactBope OsO4, otMbIBKY B 0,05M kakonunatHoMm 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 JUCTMJUIMPOBAHHOM BOJE IpernapaThl 00€3BOKHUBAIN B
50%, 70%, 90%->Tanosne, B cMecu »TaHosa W areToHa (1:1) m amerone mo 10
MUHYT B KaXJOM U3 pacTBOPOB C TPEXKpaTHOMl cmeHoil. [lamee oOpasupbl:
BBICYIIMBAIM B YIJICKHCIOTE MyTEM IMepexoja uepe3 KPUTHYECKYro Touky [8];
MOHTHPOBAJIM HA MPEIMETHBII CTOJMK; HAMBUISUIM CIUIABOM 30J10Ta W NaJUIagus B
anmapate Fico-111-B u mnpocmarpuBanu B CKaHUPYIOUIEM 3JIEKTPOHHOM
mukpockorne Hitachi-S-405 AS.

JJIEKTPOHHAas1 TOMOrpadust

MeTton wucnosib30BanCs JUIsl J10Ka3aTeNbCTBA JUCKPETHOCTH MEMOpPaHHBIX
CTPYKTYpP SHIOIUIA3MaTUYECKOTO PETHKYJIOMA M KOMIUIEKCA ['0yIbJKU (BE3HKYI,
LUCTEPH) WU HAIM4YM MEMOPAHHBIX CBSI3€M MEXAY CTPYKTYpaMHu.

DJeKTpoHHass TOMOrpaMMa ObUla  HM3rOTOBJIEHa Ha  3JIEKTPOHHOM
mukpockonie Tecnai 12 EM (FEI, The Netherlands), o6opynoBanHoM
TOHHOMETPOM M UMEIOIINM ycKopsitoiiee Hanpsokenue 120 kV. Jlns storo 150-
200 HM cepuifHbIE STIOHOBBIE CPE3bl BHICYIIMBAIUCH TP KOMHATHON TeMmepaTrype
U OKpPallMBAJIINCh NPOTEHMHOM-A, KOHBIOTHPOBAHHBIM ¢ 10 HM 3010TOM,
pa3BEEHHbBIM Ha AUCTWUIMpoBaHHON Boae (1:25). IlmoTHOCT, MeueHus
coctaBiusima MeHee 1-2 rtpamymsl Ha 100 BM%  T'paHynsl 3010Ta  HyXKHBI
KOMITBIOTEPY MHUKPOCKOIIa B KaYECTBE MapKepa OJHOIO M TOTO K€ ydacTKa cpes3a
OpU CONOCTaBICHUM M OpHeHTauuu uzoOpaxeHuil. Ilociae okpacku u
BBICYIIIMBAHUS CETKa IOMeEIaiach B JEp)KaTrellb TOHUOMETpPA AIIEKTPOHHOTO
MHUKPOCKOIIA.

Jns  Havanma  cpe3  mpeaBapuTenbHO  oOimydanics  3-5  MHHYT
ne(OKyCUpOBaHHBIM MYYKOM DJJIEKTPOHOB 0e3 auadparMbel s MOJy4YCHUS
pPaBHOMEPHOTO cpe3a OJAMHAKOBOHM ToimuHbl. [locne «oTxura» cpesa auadparmy
yCTaHaBJIMBAJIM Ha OOBIYHOE MECTO M HAaYMHAIM OTOMpATh BEPTUKAIBHBIE CPE3bl
KI' ¢ ucnonb3oBaHMEM CHCTEMBI IMOMCKAa B cOCTaBe MmporpaMmbl «AnalySis».

N3o6paxkenne otOupanochk npu yemuuenun 26000 wmm 43000. ITocne BbIOOpa
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CTPYKTYpbl HaUMHAJIA 3a00p U300pakeHu, HaunHas ¢ yriia +70° qo —70° HakJIoHa
rOHHOMETpa uepe3 Kaxbid rpanyc (141 uzobpaxenue).

ITocne 3abopa BCrO cepuio M300pakKE€HUU TOCHUIAIA HA KOMIIBIOTEp C
nporpaMmoii g noctpoeHuss TomorpamMm IMOD. KommberoTep, HUCHONIb3ys
IpaHyidbl 30J0Ta, BBICTpPAWBaJ Cpe3bl MO OJHOM ocu. Jlanmee BBIYUCIIACH
ONTUYECKAs MJIOTHOCTh JJISl KaXJAOW €IUHUIIBI 00beMa M3y4yaeMOl CTPYKTYpHI, U
CTPOWJINCHh CEPUUHBIE BUPTYAJIbHBIE Cpe3bl TOMIMHOW 2-3 HM. Ha ux 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
paspenieHus gocTurai 1o 2-3 HM. i Kaxa0i rpyIIibl dKUBOTHBIX OLICHUBAJIUCH,
KaK MUHUMYM, TPH TOMOTPaMMBI.

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

CepuiiHbie yJIBTPATOHKHE CPEIbl OBLIU MOJYYeHBI METOJOM, ONMCaHHbIM H.
C. Kalson et al. (2011), Ha cxkaHupyrOIIEM 3JIEKTPOHHOM MHKpOCcKore «Quanta
250» (FEI), o6opynoBanHom yinbrpatoMoM «GATAN) (yckopstoliee HanpssKeHHUe
B 1,5 kB) [239].

Jlnis aToro oOpasiibl TKAaHM BOPCUHKH TOHKOW KHUINKUA (QukcupoBaiuch 2%-
TIIyTapoOBbIM allbJeruaoM, oTMbIBaiIuCh 0,05 M kakonunatHeiM Oydepom (pH 7,2)
u noctdukcupoBaiuck B 1%-penyuupoBannom OsO4 [8]. 3aTtem 00pasibl cHOBa
OTMBIBAJIUCh,  oOpabaTeiBamuch B  0,3%-pacTBOope  THOKapOOruapasuia,
OTMBIBAJIMCh U BHOBb MOCTPUKCUPOBAINCH peayuupoBanHaM OsOy 1 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)KaTeNe CKaHMPYIOUIEro AJIEKTPOHHOIO MHUKPOCKONA 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 OOpaTHO PACCESHHBIX JJIEKTPOHOB (HOPMHUPOBAI
uzoopaxenue. M3o0pakeHue (UKCUPOBAIOCH TOCTE KaXJAOro CpPEe3aHusi Cios
cMoubl ToNmuHOM B 70 HM. B pe3ynbraTe momyuyunack cepusi Cpe3oB, KOTOPHIE
MO3BOJIWIHM MOJYYUTh MOCIOWHOE 3AJIEKTPOHHO-MUKPOCKONMYECKOE M300paKEHUE
KUIIIEYHOW BOPCUHKM JUIsI U3y4dyeHUs (POPMBI W JIOKAIM3AIUMU KJIETOK U APYTHX
CTPYKTYP KUIIIEYHOW BOPCUHKHU, UX TOMOTPa(UN U B3aUMOCBSI3CH.

Mopdomerpuyecknii aHaIHU3

st OOBEKTUBHOW WHTEPIPETAMUA JaHHBIX, MOJYYEHHBIX C MOMOIIBIO
DIEKTPOHHOM MMKPOCKOIIMM, a TaKXe JUIsl OLEHKH CTEIEHW BBIPAKEHHOCTU
VU3MEHEHUN, MPOUCXOIAIIMNX B KUIIEYHOW BOPCUHKE TOHKOM KMIIKH U OTACIBHBIX
€€ CTPYKTypax B IPOLIECCE BCACBIBAHUS JIMIINJIOB, POU3BOININA KOJIMUYECTBEHHYIO
OLICHKY psiJa ITapaMeTPOB.

NsMepsimn  UIMHY M TOJIIMHY KUIIEYHOW BOPCHUHKM TOHKOM KHUIIKH;
JMaMETP U BBICOTY MUKPOBOPCUHKH HTEPOLUTA; 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 MU MHOTOYTOJIbHOW (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 JUIMHY IJIOTHOTO KOHTAKTa C JHTEPOLIUTOM.

Mopdonoruueckass wuaeHtudukanus crpykryp K[ mpoBoawmnace 1o
CJIIEYIONTUM KPHUTEPUAM: BE3UKYJIO-TyOyJIsIpHBIE MEMOpaHbI, PACIOJIO0KECHHbBIE
PSIOM C LMC-CTOPOHOM cTomku ['onbmxu, comaepxaiiue B cBoeM cocraBe COPI-
u/umn  COPII-npousBoiHble MOYKH, ONPEACNSIUCh 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 cUUTaNM MEMOpaHHbIE TPOQUIN B CTPYKTYpE KOMILIEKCA
["onpmku, HaXOAAUIMECS JIATEPAIIbHO HA YPOBHE IIMCTEPH CTOINKH, U MMEIOLIUE
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 oHu omnpenemsuiuch 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 KOJIMYECTBO 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 KOMILIEKCA [ 0JIbIKN.

W3mepsin  JUIMHY MEXKJIETOYHBIX KOHTAaKTOB JHTEPOLUTA: IUIOTHOTO,
IeJIEBOT0, MPOMEKYTOUHOTO, MAJIbLIEBUAHOTO U JlecMocoMmbl. Kpome Toro, ams
NaJIbLEBUIHBIX KOHTAKTOB ONPEIECISUIM JJIMHY KOHTAaKTHPYIOUIEH NOBEPXHOCTH
MEXKIy 2-Ms JAECMOCOMaMH, [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 OTKJIOHEHHWE UM pa3Max BapbUpoOBaHMs Mpu3Haka. 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 KHIIeYHOH BOPCHHKH HAYAJBHOIO OT/eJIa TOHKOM
KHMIIKHU KPBbICHI MocJj1e 24-4acoBOro roJ10aHnus

Kumeynass BOpCcHHKa HAuallbHOTO OT/EJIa TOHKOM KHUIIKA  KPBICHI
MPEACTABIAIOT COOON BBHICTYNAIOIIME B POCBET KUIIKHU, YIUIOUIEHHBIE CTPYKTYPHI,
GbopMy KOTOpPBIX MOXHO OXapaKTepHU30BaTh KaK JMCTOBUIAHYIO (puUCYHOK la).
Mexnay KWIIEYHBIMA BOPCHUHKAMH JIOKAIHM3YIOTCS YrayOJeHUs, TOJyYHBIINAE
Ha3BaHue Kpuct. CpeaHsas JiuHa BOpCUHKU 675443 MkM, mpuna — 110432 mxm.
Penbed T1OBEPXHOCTM BOPCHHOK HEPOBHBIA UM  COOTBETCTBYET TIpYIIaM
AMUTEIHAIIBHBIX KIETOK (PUCYHOK 1a).

BopcuHka  TOKpbITa  OJHOCIOMHBIM  MPU3MATUYECKUM  3IUTEIUEM,
MOJABJISIIONIAS YacTh KJIETOK KOTOPOTO MPEJCTaBI€HA KaeMYaTbiM 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
XOpOIIIO BBIPAKEHHOW O0a3zalibHONM MeMOpaHbl, KOTOpas HMMEET PEIKHE IOpPbI
auametpoM oT 500 M g0 2 mkMm. OHa mnpenctaBiasieT coOOM TMOJIOCKY
bubpHIIIpHOTO MaTepuasa CpelHel IMEKTPOHHOMN TNIOTHOCTH mupuHOoi 30-50 HM
(pucyHok 10).

B HenocpeacTBeHHOW OJIM30CTH OT 0Oa3ainbHOM MeMOpaHbl OOHApPYKEHBI
«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
PETUCTPUPYIOTCSI HEMHOTOUYHMCIICHHBIE OpraHejUlbl:  CBOOOJHBIE PUOOCOMBI,
MUTOXOHJPHUM, LUCTEPHBI TJIAJAKOTO  JHAOIIA3MATUYECKOrO  PETUKYIIOMA.
@unaMeHTO3HbIE CTPYKTYPBI B KJIETKE TPAKTUUYECKU HE BBISBIISIOTCS.

«CBetanpie» KJIETKH o0pa3yloT C SHTEPOLMTaMH IUIOTHbIE COeluHeHusd. B
30HE€ COEJUHEHUS HApPY)KHbIE IUIOTHBbIE IUIACTUHKHU IJIa3MOJIEMMBI COCEIHUX

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 OGazanmpHON MeMOpaHOW pacroiaraeTcsi BOJIOKHUCTas 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 COBOKYMHOCTH, (DOPMHUPYIOT CETb,
COOTBETCTBYIOINIYIO ()OpME BOPCUHKH.

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

JIumbatrueckne Kanmwuispbl, B KOJWYECTBE 1-3, pacroioXkeHbl, 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 mpu3MaTuyeckod (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
MUKPOBOPCUHKU (PpUCYHOK 2a). /[namMeTp MUKPOBOPCHHKH COCTAaBUJI B CpeaHEM
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 HEMOCPEACTBEHHO NOJ IIETOYHOW KAaeMKOM
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 HauanpHOTO OT/EIa TOHKON KHUIIKH KPBICHI TIocTie 24-
YaCOBOTO TOJIOJIAHUS: & — MUKPOBOPCHUHKA TUCTOBUAHOU popmbl. COM. bap 50
MKM; O — OTPOCTOK JIeHIpuUTHOM KiieTkH ([]) B mope 6azanpHOM MmemOpansi (1), KK
— KpoBeHOCHBIN Kanwuisip. TOM. bap 200 HM; B — eHTpaJibHAs 30Ha BOPCUHKU: []
— IeHapuTHas kietka, K — kpoBeHocHbI kanwusip, JIp — numdpuut, 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 (DHIIAMEHTBI, OKPY>KArOL[UE IUIOTHBIM KOHTAKT,
pacrnoioKeHHbIM Ha 0a3ojaTepaIbHON YacTH TUIa3MOJIEMMbI Cpa3y MOJI IETOYHOU
KaeMKOMH, a TaK)Ke aKTHHOBBIC (DHIIAMEHTHI IICHTPATLHON 9acTH MUKPOBOPCHHOK.

B nuromniazme anukaibHOM 4acTH KJIETKH PacloJIOKEeHbl MPOoGUIU IiIaaKou
M IIEpOXOBATOW JHAOIUIA3MATHYECKOM ceTh. Mexay HHMHU pacIiojOKEHBI
MHOTOYHUCJICHHBIC MUTOXOHPHH OBAJTLHOUN WIIM OKPYTI0H POpMBI (pUCYHOK 3a).

[Ipopunu  mepoxoBaToro  SHIOIUIA3MATUYECKOTO  PETHKYJIIOMA  HE
MHOTOYMCIIEHHbI. OHU JIOKaJTU3YIOTCS BOJIM3U CTOMOK KOMILIEKca ['0Mb/IK1 Kak co
CTOPOHBI ITUC -, TAK U TpaHC-TIoJItoca opraHesibl. OOHapy>KeHbI 001acTh OJIU3KON
ngoxkanu3anuu uucrepH HIDP ¢ mucrepnoit KI, a taxke 30HBI MeMOpaHHBIX
COCIMHEHUN CTPYKTYp 3TUX opranesi. MemOpana nuctepusl HIDP co cTopoHbl
nuc-nomoca KI' He uMeeT 3JeKTPOHHO-TIOTHBIX YYaCTKOB, a TaKkKe MeMOpaHHBIX
MOYEK C AJEKTPOHHO-TIJIOTHOM KaliMou (pucyHok 4a, 40).

[Ipodunu I'DP B sHTEpOLMTE KUIIEYHON BOPCUHKHA MHOTOYUCICHHBI. OHU
JIOKaJIM3YIOTCA B aUMKAJIbHOM YacTH KJIETKH, YacTh M3 HUX B HEMOCPEACTBEHHOM
omusoctu ot BJIIIM okoino «mosica» aare3uBHbIX coeauHenuil. [IpocBer nucrepH
['OP cpenHeit 31eKTPOHHOU INTIOTHOCTH O3 BKIIOUCHHH (pUCYHOK 3a, 30).

SAnpo sHTEpOLMTAa OTHOCUTENILHO KPYITHOE, OBAJILHON MM OKPYIJION (POPMBI
AIpO C XOpOIIO BBIPAKEHHBIMU 30HaMU JyxpomaTuHa. OHO PaCHOJ0KEHO
HEHTPAIbHOW 00JIaCTH  KJIETKH, ONWKe K aluKaIbHOW TOBEPXHOCTU U
OpPUEHTHUPOBAaHHO  BJIOJb  JJUHHOM  OCH  KIIETKH. ['eTepoxpomaTuH
CKOHIIEHTPHUPOBAH 10 niepudepun spa, moj HyKieoaeMmoi (pucyHok 30).

Crpykrypsl KI' pacnionoskensl HaJ a1poM . JUTMHHAS OCh CTONKH OpraHesIbl
opueHTupoBaHa Baogb bBJIIIM (pucynok 30). Oprasnemna npeacTaBieHa
JUCKPETHBIMH CTOIMKAMHU, T. €. He 00pa3yIOIIMMH JICHTOBUTHOM CTPYKTYPHI 32 CUET

TYOYJSIPHBIX COCAMHECHUHHI IUCTEPH COCETHUX CTOMOK (PUCYHOK 4a).
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Pucynoxk 2 — AnukanbHasi 9acTh IJIa3MOJIEMMBI DHTEPOIIUTA KPBICHI TIOCTe 24-
4acoBOT0 roJIOAaHus: a — MUKPOBOpPCUHKH ¢ rinkokainukcoM (I'JI). TEM. bap 150
HM; 0 — anuKaiabHas 9acTh IUTOIIA3MbI 0€3 MHBAarMHAIIMN M OKPYTJIBIX IPOQUICH.

TEM. Bap 100 awm.
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Kaxnas cronka coctoutr u3 5-6 yIulomeHHbIX LuUcCTepH. CpelnHee 4ucio
LHUCTEPH B cTonke - 5,6+1,2. Jluamerp uucrepH B cpeaaeM 600+24 HM, mmprHa B
cpennerd yactu — 36+2,1 M. lllupuHa pacimmpeHuil JaTepaJbHOrO Kpas CTOIKH
cocraBuia 65+2,1 uM (tabmnwuma 2).

Ha memouku cronku KI' mpuxomutcs 60+2,5 % meMOpaH opraHesibl.
[{uce-ceTb He BbIpakeHa WK ciaabo BelpaxkeHa. [lepBas muc-mucTepHa MMeEET
nepdopanuu (pucyHok Sa, 56). MenuanbHble IUCTEPHBI ¢ IepdoparusIMi 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' npencrasiien nep@opupoBaHHON IUCTEPHOM 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 opraHesIb.

B HenmocpeactBenHoit Omm3zocty ot uuctepH K[ Ha nwmc-monroce,
JaTepaibHOM Kpae CTONKH, B MEHBIIEH CTENEHU Ha TPAHC-TIOIIOCE JIOKATU3YIOTCS
okpyriibie MemOpannbie npodunu 50-100 Hm B guamerpe (pUCYHOK Sa, 50).
DNEeKTPOHHO-MHUKPOCKOIMYECKasi TOMOrpaMMa MoKa3ajia, 4To OoJblIas 4acTb W3
HUX TPEICTaBI€HAa JUCKPETHBIMU OKPYIJIBIMH OOpa3oBaHUSIMHM, U  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 cpenneM 10+2.5 % mem6Opan KI'.

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, PACTIOI0KEHHE KOTOPBIX
HUMEET OIpe/eTICHHYIO0 3aKOHOMEPHOCTD (PUCYHOK 6a).

[Inotubiii KOHTAakT (zonula occludens) 3aMblkaeT MEXKIETOUHYIO UIENb

Cpa3y HIKE OCHOBaHUSI MUKPOBOPCHHKH (PUCYHOK 6a, 60).
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Pucynok 3 — YapTpacTpyKkTypa SHTEpPOIUTA KUIIIEYHONH BOPCUHKHU KPBICHI TIOCIIE
24-9acoBOTO TOJIOTAHMS: a — alTMKAJIbHAS YaCTh KJIETKH; O — y4aCTOK ITUTOTUIa3MbI
BJI0JIb 0a30JaTepaIbHOM YacTh mia3MoiemMmel. S — sapo, [IM — mazmonemma, KIT
— komruiekc [Nonbmxu, M — mutoxonapun, ['9P — rmagkuil sHI0IIIIa3MaTUYECKU N

petuxymom, [IIDP — mepoxoBaTelil SHAOIIIA3MATUYECKUN PETUKYITIOM, [TM —

mwiazmonemma. TEM. bap 150 am.



Pucynok 4 — YasTpactpykrypa komiiekca ['onpmxu (KI7) sHTEpOLIMTa KUIIIEUHOMN
BOPCHHKH TTOC)Ie 24-4acoBOTO Tojoaanus: a — ctonka KI'; 6 — coenmnnenue
LHHACTEPHBI IEPOXOBATOrO SHIOIIIA3MATUYECKOTO 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 coequHeHus LIMCTEPHBI IEPOXOBATOTO

SHJIOTIA3MATUYECKOTO PETUKYIIIOMA ¢ MeauaabHou nuctepuon KI'.

TOM. bap 100 aMm.
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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 (yroa 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
HapYy>KHBIX CJIOEB IUIa3Marudeckoil mMeMmOpansl. IllupuHa kontakta 0,2 MxMm. B
0o0JaCTM KOHTAaKTa B LMUTOIUIa3ME€ BBISBISIOTCS TOHKHE (uimameHThl. 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 PACIOJIOKEH MPOMEKYTOYHBIH 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 SJEKTPOHHYIO IIOTHOCTh. K 3TOl 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 Mmenu (pucyHok 6a, 61). Jlucramsaee popmupyercs
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 JMHHOW ocu ctonku KI'. [[nuHa m xosmmdectBo 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

0azonaTepa’abHON YaCcTH TUIa3MOJIEMMBI SHTEPOIIMTA KPBICH MTocie 24-4acoBOTO
rOJIOJIAHUS: a — pacmnojiokeHne KontakToB. TOM. bap 150 uM; 6 — muoTHBIN
koHTakT (I1IK). TOM. bap 50 um; B — anre3uBnbiii koHTakT (AK). TOM. bap 50
HM; T — naneieBuHbI KoHTaKT (UK). TOM. bap 200 am. 1K — meneBoi
koHTakT; AC — anukansHoe crierenne, M® — mukpodunamentst, BM —

0azanpHas MeMOpana, /| — mecMocoma, 1 — IITOTHBIA KOHTAKT.
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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 cpestHeM 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 MUKPOBOPCUHKHU (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 co00i U
nepexoAsT OonuH B Apyrou (pucyHok 8a). MemOpana muctepr [IDP umeer
OJTHOPOJIHYIO 3JIEKTPOHHYIO TUIOTHOCTh 0€3 MOYeK U MHBarvuHalu.

B mucrepnax I'OP, pacnofiokeHHbIX B HEMOCPEACTBEHHON OJM30CTH OT
wiotHoro coenunenus bBJIIIM, wMbl HaOmrogaeM 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', nmubo umcrepn OP, B TOM uucie U C 3JIEKTPOHHO-TUIOTHBIMU
BKJIFOUEHHUSIMU TakKe HE OOHAPYKEHO.

Crpykrypa KI' 3HaumMblXx wW3MeHeHUN He mnperepreBaer. OpraHesuia
COXpaHsAeT MapajuleNbHyI0 0a3oiaTepalbHON YacTH IUIa3MOJIEMMBbI OPUEHTAIHIO.
Ha mwuctepasr KI' npuxomutcs B cpeanem 57+0,2% memOpan opranemisl. 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
OKpyTible 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 MX NpOTsKEHUM. lIIMprHAa KOHTAKTHOW IIENU 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
TOHKOW KHWIIIKM CTPOCHUE aNMKaJIbHOW YacTH HHTepoluTa He MeHsiercs. llo-
NPSKHEMY B aMUKAJILHON YacTH ITUTOIUIA3MbI Mbl HE BBISBIISIEM OCMHUO(DUIHHBIX
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
n3Mensiercs (tadmuna 4). [Ipu 3ToM yBennuuBaeTcs: [uaMeTp LUHUCTEpH a0 832+24
oM. Ha mucrtepust ctonku KI' mpuxomgutcs B cpemnem 48+2,5% wmemOpan
opraHesuisl, yTo Ha 12% meHblre, 4eM B KOHTPOJIbHOUW TPYIIIIE.

Jlatepanbubie kpas nuctepH KI' memnikooOpa3Ho pacimpensl (pucyHok 10a,
106). JluameTp mpocBeTa IIMCTEPH B ITOM OO0JACTH yBEIWYUBAETCS OT ITUC- K
TPAHC-TIOJNIOCY CTONKM M COCTaBiseT B cpenHeMm 230+32 M. B pacmmpeHnsx
UCTEPH HabI01at0TCsl ocMuo(HIIbHBIE BKIIIOUeHUs guamerpoM oT 100 1o 300 um
(pucynok 10a, 106). OHH COCTOAT W3 OCMHUOMMIBHBIX YaCTHII, KOJHUYECTBO H
JTAAMETP KOTOPBIX YBEIWUYMBAETCS OT IUC- K TpaHc-montocy cronku KI'. Tak, Ha
IUC-TIOJIFOCE PETUCTpUpPYETCA B cpeaHem 2,3+(0,2 4acTullbl Ha CPE3 CO CPEAHUM
nuametpoM 58+11 Hm. Ha tpanc-nomoce — 3547 yacTtui, co CpeIHUM THAMETPOM
86+15 uM (Tabmura 2).

Ha mnarepanmbHOM kpae cromku peructpupyrorcss 50-100 HM Be3UKYIIBI.
YacTb U3 HUX COEIMHEHBI TOHKOM «1merkoiy» ¢ nuctepHoi KI' (pucynok 11a, 11r).
OHU HE coAepKaT ANEKTPOHHO-TUIOTHBIX YacTHUIl U BKItoueHu. Ha Be3ukyspHbie
npobunu npuxonurcs 114+2,5 % memOpaH OpraHeiUibl, YTO CTATUCTUYECKU HE
OTJIMYAETCS OT KOHTPOJIBHOM rpyImbl (Tabauia 2).

Tpanc-nmonroc KI' mpencraBnen mepdopupoBaHHON TpaHC-IIUCTEPHON H
MPUMBIKAIOIIEH K CTOMNKe TpaHc-ceThio (pucyHok 100). Ha tpanc-nomroce KIT
HAOJIOMAIOTCA MENIKOOOpa3Hble MEMOpPaHHBIE CTPYKTYPbl C OCMHOMDUIBLHBIMU
yactuamMu (pucyHok 100), 4acTh M3 HHUX B HEMOCPEJICTBEHHOW OJU30CTHU OT

0azonarepanibHOM YaCTH TIa3MOJIEMMBI.
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Pucynok 10 — Kommiiekc INonbku (KI7) sHTEpOIMTa KUIIIEUHON BOPCUHKHU
KPBICHI Uepe3 25 MUHYT MOCJIE BBEACHUS XUMYCa!
a - munuas (1) B muc- 1 MeauainbHbIx 1ucteprax KI', TOM. bap 100 am; 6 —

muniuel (1) Ha Tpanc-niontoce KI', DM-tomorpadus. bap 100 M.
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Pucynox 11 — Kommeke INomsmxu (KI') sHTEpOIIMTA KUIIIEYHOM BOPCUHKH KPBICHI
MOCJIe BBEJICHUSI XUMYyca yepes3 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.
sKCIIepUMenTa, 3 D-pexoHCTpYKIIHS JIaTepaaIbHOTO Kpasi CTOIIKH;

B — TUNUABI B TOCT-I 0J1b KK TIepeHocuUnKax uepes3 45 MuH. skcnepuMenta. TOM.

bap 100 uMm.
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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).

OcMuoGuIbHBIE YaCTUIBI PETUCTPUPYIOTCS MEXIY IUIa3MaTHYECKUMHU
MeMOpaHamMHu COCeIHHMX KJIETOK B 30HE cnoxkHbix MJIK. VX cpennee xolInyecTBO
Ha cpe3 coctaBwio 12,7+0,6. IllupuHa WHTEPAMTUTUPYIOIIMX KOHTAKTOB B
0a3abHOW YacTU KJIIETKU UMEET HepaBHOMEpHbIE paciupeHus. CpenHss mupuHa
KOHTAKTHOM IIEJIM YBEJIIMYMWIIACh B 2 pasa, 0 CPAaBHEHUIO C KOHTPOJIBHOUM TPYIION
u cocraBuina 80+0,3 mam (tabmuma 3). [nmwmHa mpoeknuu koHTakta Ha BJIIIM
yBenmnumnack B 1,2 pa3sa ® cocraBwiaa 165+6 uM (tabaumma 3). [nwna
KOHTAKTUPYIOLIEH MOBEPXHOCTH MEXAY ABYMS JI€CMOCOMaMHU JIOCTOBEPHO HE
MeHsercs (Tadnuma 3).

B coOcTBeHHON TIUTACTMHKE KHIIEYHOM BOPCHUHKH  OCMHOMDUIBHBIX
BKJIIOUEHU HE OOHAPYKEHO.

Mexy DSHTEpPOLMTAMU PETUCTPUPYIOTCS OJAMHOYHBIC JTUMQOLUTH 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
KUIIKA >KAUBOTHOTO OCMHUOQUIIbHBIC BKJIIOUCHHS B LHUCTepHax [DOP He
oOHapyxkuBatoTcs.  OTHENbHBIE  ANEKTPOHHO-TUIOTHBIE ~ YaCTHUIIBI ~ MOTYT
perucTpupoBaThcsi B MeMOpanHbIx nepeHocunkax KI' oxono UK B auctaibHOM
otnesne 6a3onaTepaibHON YaCTH TUIa3MOJIEMMBbI (pUCYHOK 11B).

Cnoxunsle UJIK dhopmupytor pacmupenus 10 150 HM mupuHON U coaepkar
CKOIUICHUS] XWJIOMUKPOHOB (pucyHok 12B). IllupuHa KOHTAaKTHOW IIeIU
YBEIIMYMBAETCS 10 CPAaBHEHHUIO CO CPOKOM 25 MHH. 3KcriepuMeHTa B 1,5 paza u
coctaBisier 120+0,3 um. [Ipu sTom nnmHa kKoHTakTHpyrome nosepxHoctu MK
MEXIY IBYMS J€CMOCOMAMHM JOCTOBEPHO HE M3MEHSETCS U COCTABIISIET B CPEIHEM

68620 HM, TpU CpeAHEW MPOEKIUM KOHTAaKTa Ha 0aszojaTepalbHYI0 4YacTh
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mnazmonemMmbl 230+£11 HM, yto B 1,4 pa3a Bbllle, 4eM Ha Cpoke 25 MHH.
skcriepuMenTa (tabmuna 4). Tem e menee, gacth MJIK, pacmonoxeHHbIX BOIU3N
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 AECMOCOM (PUCYHOK 120).

CkomieHue  JUMNHUJIOB  HAOMIOAaeTcs  Mexay  Oa3ajdbHOM  4acTbhiO
IJ1a3MOJIEMMBI DHTEPOIUTA U 0a3aibHONM MeMOpaHoH, 1o 6a3anbHOW MEMOpPaHOH,
B MHTEPCTUIIMN COOCTBEHHOU TUIacTUHKHU (pucyHOK 13a-B). Ha cepwmifHbIX cpesax,
MOJYYEHHBIX C TOMOIIBI0 CKAaHMPYIOIIETO MHUKPOCKONA C BHYTPEHHUM
MHUKPOTOMOM M JIETEKTOPOM OOpPaTHOTO PacCEHBAHUS JICKTPOHOB PETUCTPUPYETCS
CKOIUICHHE JEHJPUTHBIX KIETOK MEXAy DJHTEpPOIMTaMU U B COOCTBEHHOM
IJJACTUHKE KHIIEYHOW BOPCHUHKHU. JIEHIAPUTHBIE KIETKH, TUAaMETpoM 110 20 MKM,
UMEIOT LUTOIIa3MY CpEAHE 3JIEKTPOHHOM IJIOTHOCTH OEIHYIO OpraHeiuiaMy U
JUTMHHBIE [IUTOTUIa3MAaTHYECKUE 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 ¢ dHTepolTamMu (pucyHok 14). B oTBepcTusix mop
0a3a’abHOM MEeMOpaHbl MOTYT PacMojararbCcsi U OTPOCTKH SHTEPOLUUTOB (PUCYHOK
13a). YacTh OTPOCTKOB PETHCTPUPYETCS B HEMOCPEACTBEHHOW OJU30CTU OT MOP
0azanbHON MEMOpaHBI, APYTHe MPOXOIAT Yepe3 MOopbl (pUCyHOK 14).

Takum oOpazom, uepe3 45 MHH. MOcCJe BBEJACHHE XHMYyca B TOJIOCTh
HAYaJIbHOTO OTJIeJIa TOHKOW KHUIITKKA O0JIbHAS YacTh JIMITHUIOB TIOKUIAET YHTEPOITUT

u ckaruBaercs Mexxay MJIK u coGcTBeHHO TIIaCTUHKE KUIIIEYHOW BOPCUHKH.
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Pucynok 12 — MexkiieTOUHbIE KOHTAKThI yepe3 45 MUHYT MOCJE BBEICHUS XUMYCa!
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, JIMIUIHBIN TpaHcrnopTep — uyepHas ctpesika. TOM. bap 150 uMm;
B — CKOILUICHHE JIUTIHIOB B UHTEPAUTUTUPYIOIINX KOHTAKTaX — YepHas

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



Pucynox 13 — JIunuaer B o6mactu 6a3anbHOM MEMOpaHbI SITUTETUS KUIICYHOM
BOPCHUHKH 4epe3 45 MUHYT MOCJIEe BBEJACHUS XUMYCa:
a — JICHAPUTHAS KJIETKA B COCTaBE MUTENIMAIBLHOTO TU1acTa — Oenas cTpenka; 0 —
OTCYTCTBUE JTUTTUIOB B 00JIaCTH HMHTEPIUTUTHPYIOITUX KOHTAKTOB; B —
MPOXO0KJICHUE JTUIUAOB uepe3 nopy 06azanbHoil MeMOpaHbl — Oenast crpenka. bBM —

0azanpHas MeMOpaHa, MK — MHTep IUrHTUPYIOLIUN KOHTAKT.
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Pucynok 14 — Cepuiinble cpe3bl SIUTENNS KAILIEYHONH BOPCUHKHU KPBICHI
yepes 45 MUHYT MOCJI€ BBEJICHHS XUMYCa:
1 — nenapurtHas kierka; K — kpoBeHocHbIN kanmuuisip. COM ¢ geTtekTtopom
00paTHO pacCessHHBIX YJIEKTPOHOB, 000PYI0BAHHBIN BHYTPEHHUM YJIHTPATOMOM.

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

D — suTeporuT, bK — OokanoBuanas kinerka, JIK — mumdarnaeckuii
kanuusip, KK — kpoBeHOCHBIN kanmuiuisip, T — AeHapuTHas kietka. COM ¢
JIETEKTOPOM 0OpATHO PACCESHHBIX DJIEKTPOHOB, 000PYI0BAHHBIN BHYTPEHHUM

yabTpaToMoM. bap 3 MKM.
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Tabnuna 2 — MopdomeTrpruueckas XxapaKTepUCTHKA CTPYKTYp KomIuiekca [ onpmku

DHTEPOLUTA KUIIEYHON BOPCUHKM B KOHTPOJIBHOM TPyNIIE U Ype3 25 MUHYT Hocie

BBCICHHA XHUMYCa

No ITokazarenu KonTpoib Hepes 25 mun. 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*

[Ipumevanune:* — pa3muuusi C KOHTPOJBHBIMH 3HAYEHUSMH CTATUCTUYCCKU

noctoBepHsbl ipu p<0,05.

Tabmuma 3 — Mopdomerpudeckas XapaKTepuUCTUKA TaJIbIIEBUIHBIX KOHTAKTOB

0a3zosiarepanbHON MJIa3MATHYECKO MeEMOpaHBbI

4 2 4 4 .
No [Tokazarenu KonTpoib epes 25 M epes 45 M
AKCIEPUMEHTA | SKCIIEPUMEHTA
JInvHa KOHTaKTUpYOUIEH
1. | HOBEpXHOCTH MEXTY 2- 715+20 763+20 686+20
M3 JiecMocoMamu (HM)
JlnvHa npoexuuu % %
2. kontaxta Ha BJITIM (1m) 130+6 165+6 230+11
3 [ITuprHa KOHTAKTHOM 4040,3 80+0,3* 12040 3*
ey (HMm)

[Ipumeuanne: *

noctoBepHbl npu p< 0,05.

— pa3iimiugd C KOHTPOJBbHBIMH 3HAUCHHAMH CTAaTUCTHYCCKH
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Tabnuna 4 — MopdomeTpuueckasi XapaKTEpUCTHKA JTUMUIHBIX YacTHUI] BO BpeMs

TPAHCIIUTO3a
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
11eNb
[Ipumeuanue: * — pa3nuuusi CTaTUCTUUYECKH HocTOoBepHBI mipu p< 0,05 (uepe3 10

MHH. 3KCIICPUMCHTA 110 CPABHCHHUIO C 5-10 MHH.; 4CpC3 25 MuH. JJIA I1IOKAa3aTCIIA

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

CpPaBHCHHIO C IIPCABIAYIIHNM 3TAIllOM TPAHCIIOPTA.
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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 oOocmaseka 6 OP. B mepBbIX 3IEKTPOHHO-MUKPOCKOINYECKUX
UCCIICIOBAHMSX TPAHCIOPTa JIMIHAJIOB U3 MPOCBETa TOHKOW KHUINKH [292] Obum
ONKCaHbl JIMMHJHBIE KAaIlJIM, KOTOpbIE CKAIIMBAIOTCA B AalMKaJIbHONH YacTH
nuTOomIa3Mel. Torga ObUIM  BBICKAa3aHbl  MPEANOJIOKEHHUS, YTO  JIMIHUIbBI
TPAHCTIOPTUPYIOTCA B SHTEPOIUT C TOMOIIBIO YHAOIUTO3a. CKOTUICHNE U IHBIX
Karelsb B alMKaJIbHOW YaCTW HMUTOIIa3MbI ObLUIO OOHAPYKEHO U B 0o0Jiee paHHUX
uccnenoBanusx [5]. BoaMoxHOCT 3HI01INTO3a MTPOAOIDKAET o0cy)kaarbes [159].

CymecTByIOT Kak MHHHMYM JIB€ THUIOTE3bl BCACHIBAHUS JIUMHIOB U3
IpocBeTa KUIIKU B 3HTEepoUUT. COrjlacHO MEpBOM THUIIOTE3€ ITO OCYLIECTBIISAETCS
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
BHYTPM TNUHOLMUTOTHYECKUX IMY3BIPbKOB B  HEMOCPEACTBEHHO  COCEIHEH
TEPMHHAILHOM CETH, TPUYEM BCE BHYTPUKICTOYHBIC >KUPOBBIE KaIud ObUIH
cBOOOHO OOEpHYTHl B TOHKYIO MEMOpaHy, BHEUIHSS MOBEPXHOCTh KOTOPOM
MHOTJa TMOKPbITa TOHKOAMCIIEPCHBIM KOMIIOHEHTOM IuTOIIa3Mbl. Hamuuue
YKa3aHHOM  OOOJOYKM  TO3BOJHMIJIO  aBTOpaM  MPEINOJOXKWTh, YTO  OHa

copMupoBaach U3 KIETOYHON MeMOpaHbl B X01¢ muHOImMTO3a [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].

OpnHako, HECMOTpA Ha TO, YTO MCCIEAOBATEISIMU ObLIM OOHAPYKEHBI
CKOIUICHUSI OKPYIJIBIX OCMHUO(MUIBHBIX CTPYKTYp B alUKaJIbHOW YacTH
M1a3MOJIEMMBI, B JaHHBIX pabOTax OTCYTCTBYET 3JICKTPOHHO-MHUKPOCKOITMYECKOE
MOATBEPIKICHUE TIEPEHOCA JIUIHII0B KaBEOJIaMH WJIA 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 U JJIEKTPOHHO-TUIOTHBIE YYAaCTKH TUIa3MOJIEMMbI C XapakKTEPHBIM
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, uin B IIUTO30J1b, KAK KOMIIOHCHT JIMIHMIHBIX Kareasb [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
JacTH TUTa3MaTHYCCKOH MeMOpaHbl, HH KaBEOJ-NIPOM3BOIHBIX BE3UKYJI B
cyOanuKajdbHOW 30HE IUTOIUIA3Mbl DHTEPOIMTA, UYTO TO3BOJIIET TOBOPUTH O
HU3KOM BEPOATHOCTH TIEPeHOCAa JIMMUIOB C  TIOMONIBIO  KaBeoJ, Kak

npeamnojgarajaoCb aBTopaMu.
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B nocnennue rojpl, B CBA3M C pacliuPpoOBKON MOJEKYJISIPHBIX MEXaHU3MOB
TpaHCHopTa, ObUIa BBABMHYTAa THUIOTE3a O BO3MOXHOCTH MOTJIOLIEHUSA
HU3KOMOJICKYJSIpHBIX JunuaoB myrem auddysun [106, 107, 108, 211, 280] u /
uin oOjerdeHHou nudy3uu B HAPYXHBIM JIMOUAHBIN CIOH IIa3MaTHYECKON
MeMOpaHnbl 3HTeponuta [17, 73, 125, 151, 289]. B Hacrosiee BpeMs cuyuTaeTcs,
4yTO OENKOBO-OMOCPEAOBAaHHAS CHUCTEMa TMOTJIOLIEHUS JKUPHBIX KHUCJIOT SIBJISETCS
JOMUHHUPYIOIUM  CPEICTBOM, C IOMOIIBID KOTOPOrO >KHPHBIE  KHCIIOTBI
MOTJIONIAIOTCS MEMOpaHHBIMU O€JKaMH, CBS3bIBAIOUINMH KUPHBIE KUCIOTHI, TO
€CTh MEPEHOCUMKAMU >KUPHBIX KHUCJIOT Ha aluKaJIbHOW MeMOpaHe >HTEpPOIUTOB
[263]. beuto mneHTHGHUIMPOBAHO OOJBIIOE KOJUYECTBO MEPEHOCUUKOB KHPHBIX
KHCJIOT, KOTOPbIE 00JIer4aroT ux moromeHue kietkor [186]. Dto Oenxu ABC-
tpaHncrioptepsl, ATP-a3zpl P-tuma, cemeiictBo Niemann-Pick tuma C, (NPC-
OCIKHM).

LXR-uyBcTBUTENBHBIN Qocdomunua-pemoaenupytonmii pepment (Lpcat3)
y4acTBYeT B PEMOJEIMPOBAHUM MEMOpaHHBIX (POCHOIMIUAOB SHTEPOLHTOB,
oOecrieunBasi TEM CaMbIM TACCHUBHYIO AUPPY3UIO TIHHHOIETOYEHYHBIX >KUPHBIX
KHCIIOT, a Takxke obsieryaeT nepeHoc nunuaoB B 6enok MTTP s mocnemyromeit
VHHIAAIUK 00pa3oBaHus umnonporenHos [50, 87].

OGneryennass  nuddy3uss  HU3KOMOJCKYJISIPHBIX  JIMIHAOB  MOXKET
OCYIIECTBISIThCA ~ HECKOJIbkuMu  Oenkamu. Bo-mepBbix, Oenkom FABPpm,
CBA3aHHBIM C IUIA3MAaTUYECKOM MEMOpPAaHOM, KOTOPBIM MPHUCOEIUHAETCS K
BHeIIHEMY MOHOCJHOI [IM u ydacTByeT B CBSI3bIBAHUU KUPHBIX KHUCJIOT C
MeMOpaHaMu MHUKPOBOPCHHOK [255]. Bo-BTOpBIX, MeMOpaHHBIM
munuAcBs3bBatonM  O6enkom CD36, KOTOphI MMeeT OOJIBIIONW BHYTPEHHHMA
tyHHenb [149], uro mos3BosseT mepemernars iauHHONENoueuHble KK [40] u
OKHCJICHHBIC JIMTIONPOTEUHBI HU3KOH TuIoTHOCTH [258]. B-Tperbux, penentopom-
MycopiukoM knacca B tumna I (SR-B1), umeromnm cxoanoe ¢ CD36 ctpoenue,
HaxomsmuMces B IIM u crToCOOHBIM CBSI3BIBaTh XUMHUYECKH MOJAU(PHUITUIPOBAHHBIC

JMIonpoTenHsl [144].
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Takum o6pazom, KK wmoryt mnepememarbcsi Baoib [IM natepanbHOM
mud¢y3ueit miM ¢ TOMOIIbI0 OelKa-TepeHOCUnKa.

JlonmoaHUTENBHBIM JT0Ka3aTeNnbcTBOM TpaHcnopTa KK u3 npocBera KUIIKU B
[IM »snaTeponmTa muddys3uei, a Takke HUX IMEpPEeMEIIeHUs 10 IIa3MaTHYECKOU
MeMOpaHe CTaJl UCIIOJIb30BaHHBIA HAMHU MPOTOKOJ KOHTPACTUPOBAHUS 0Opa3IoB
OTOTO, xoTOpbId TMO3BOJIWI BU3YAIIM3UPOBATh KOHLEHTPALMIO JIUIIHAJIOB B
HapyXHOM jucTke [IM mukpoBopcuHKM dHTepouuta. [Ipu 3TOM, MBI TakXke He
HAOMI0Ja CKOIUICHUE JIMIHUIOB B CyOamuKaldbHOM 30HE. DTOT (aKT CIYKUT
JOTIOJTHUTENBHBIM JJOKa3aTE€IbCTBOM HU3KOW BEPOSITHOCTH SHIOLMTO3A JIUIUIOB B
HHTEPOLUTE KUILIEYHON BOPCUHKH, MO KpailHE Mepe, MpU HEOOIbIINX 00beMax UX
BCACBIBaHUSI.

BrniepBbie ocMUO(UMIBHBIE «KAaIUIM» JIMIKAJOB TOSABISAIOTCS B IPOCBETE
nuctepH ['OP, pacnonoxkeHHbIX OKOJIO IUNIOTHOTO COCIUHEHUS MEXKY COCEIHUMU
DHTEPOLUTAMHU YEPE3 S MUHYT IIOCJIE BBEICHHS XUMYCa B IIPOCBET KUIIKU.

[uctepusl rnagkoro OP, coaepxamme 3JIEKTPOHHO-TUIOTHBIE YaCTHUIIbI,
HaMU OblTM OOHApy>KE€Hbl B HEMOCPEJICTBEHHOM OJIM30CTH OT IUIOTHOTO
coemuHeHus (zonula occludens), pacmooKeHHOTO cpa3y HI)KE OCHOBAaHHS
MUKpPOBOPCUHKM Ha Oa3onarepanbHoi dactu [IM. Ono mpexacraBisier coOoi
CIUIOITHOM TOSIC MIMPUHOM OKoyio 0,2 MKM, UMEIOIIMHA Ha BCEM MPOTSIKEHUHU
YYaCTKH CIHSIHUSA HapykHBIX cioeB [IM. IloaTtomy moTHoe coennHeHnE CO31aeT
«Oapbep» natepanbHON AudPy3un XolecTepuHa W JKUPHBIX KHUCIOT IO
Hapy>KHOMY JHMCTKY IUIa3MOJeMMbl. OJIHaKO HU3KOMOJIEKYJISIPHBIE JIMIHIBI W3
HapY>KHOTO JIUCTKA MOTYT TPAHCIOPTUPOBATHCS HA IUTO30JIbHBIA JIUCTOK
IUIa3MOJIEMMBI, a OTTyJa — Ha MeMOpany ['OP.

Oto IIPEATIOJIOKEHHE MOATBEPKIAAETCS perucrpanuen Ha
AJIIEKTPOHOTPAMMAaX B HEMOCPEACTBEHHOW OJM30CTH OT IUIOTHOTO KOHTaKTa
uuctepH I'OP ¢ nunuaHbpiMu KaruisiMu B ipocBeTe. [Ipu 3ToM, HECMOTpsl HA OYEHb
osm3koe pacnosioxkenue MemOpan ['OP u [IM, HU OHOW 30HBI UX CIMSHUS WM
MEMOpaHHBIX CTPYKTYp-TIEPEHOCUMKOB MEXJIy HUMH HEe 3aperucrpupoBaHo. Ha

Bcex GoTorpadusx ux pasfessul ciaoi 1uroruiazMel He Menee 10 uM. [loaTomy, B
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JJAaHHOM ciiy4ae, TpaHcrnopT aunuiaoB ¢ [IM Ha memOpany I'DP omocpenoBan
OJTHOM M3 HEBE3WKYJIIPHBIX TPAHIIOPTHBIX cHCcTeM KieTku [32, 33, 48, 202, 253,
277].

Ponp TpancnoprepoB munugoB ¢ I[IM B OP wmoryr wurpate nABa
nurorazmatudeckux Oenka cemeiictea FABP — FABP1 (wuin FABP nedenn) u
FABP2 (unmu FABP xwumeununka). FABP2 cnocoben cBsizpiBaTthes ¢ [IM u
enuHoBpemMeHHo npucoeannaTh oaHy JXKK. FABP1 cesaseiBaet ne KK u cnocoben
pacrio3HaBaTh IIMPOKUH CIeKTp JmraHmoB [92, 246]. Onucanbsl W Jpyrue
BO3MOYKHBIE TPAHCIOPTEPBI, HO HUX POJIb B TPAHCIOPTE JIMIMIOB JO KOHLA HE
M3Yy4YCHA.

Tpancnopm npexunomukponog uz P wuepes komnnexc [onvoicu «
bazonamepanbHoU Yacmu nAA3Mamu4ecKol MemopaHbl.

Ha mnepBoil cragum o00pa3oBaHMs NPEXUIOMHKPOHA TPUALMITIULEPHH
cBsi3biBaeTcs B ipocBete DP ¢ ApoB48 (amonmunonporennom B) [281]. TIpu atom B
nucrepHax IDP nunuaHeie yacTuibl HE OOHAPYKUBAIOTCS, @ HUCTEPHBI TIAJKOTO
U II€pOXOBATOTO PETUKYJIOMA CBsI3aHbl MEXy coOoil. B mpocBeT uucrepusl ['OP
TPHALIMITIUIEPHH TTepeMeniacTcs ¢ momoisio MTTP [209, 293].

Ha cnenyromem stane ApoA-IV noGapnsercss K MOBEPXHOCTH YACTHIIHI,
conepxkatieir ApoB48, uro mo3Bossier chopmupoBarh 0osiee KPYyMHYIO YaCTHILY.
Cuuraercs, yto ApoA-IV crabunusupyeTr U / Wik NOAIEPKUBAET MOBEPXHOCTh
PEXUIIOMUKPOHOB B DP, obecrneurBasi JONOJIHUTENBHOE JIMITUIUPOBAHUE SAPA.

Ecnu monexynspubie Mmexanusmbl oopazoBanus [IpeXM B 11€710M MOHSTHBI,
TO O MOJIEKYJSIDHBIX MEXaHM3MaX, y4acTByIMX B TpaHcnopte XM uyepes KI,
U3BECTHO HEMHOro. IIpu 3TOM OCHOBHBIE THIIOTE3bl YAacTO SKCTPANOIUPYIOT
JaHHBIE O MexaHu3Mmax cekperuu OenkoB uepe3 KI' Ha momenu TpaHcmopra
JUTIUIOB.

B 6onpmmHCTBE THTIOTE3 TpaHcnopTa aunuaoB yepe3 KI' mpuaumaetcs, 9to
XM Ttpancnoprupytorcsi COPII-npousBoaubiMu Besukysnamu. Sabesin S.M. and
Frase S. (1977) moarBepAwiv, YTO JUIHUAHBIC YacTHIBI, oOpa3yromuecs B OP,

MOTYT BBIXOIUTH U3 DP u TpancnoptupoBathes k KIT [224].
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JIefiCTBUTEIBHO, CEKPETOPHBIE OENIKK KOHIEHTPUPYIOTCA Ha MeMOpane DP ¢
MOMOILBIO TaK Ha3biBaeMbIx OenkoB MOKpbITHs COPII, KoTOpoe KOHLEHTpUpPYET
TaK)Ke€ peUenTophl W Jpyrue OeiKd, a TakXKe CBOpaurMBas MeMOpaHy B
chepuiecKyr0 KOHCTPYKIIUIO, (OPMHUPYET TPaHCIOPTEp JsI MEepeHoca 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 OOHAPYKHJIM BBIXOJHBIE CAMTHI HM 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 cnenuaibHOro agantopHoro oenka Sarl. He siceH MmexaHu3m yuyacTus
COPII B Tpancnopre IIpeXM, oOIHAKO MHOTOYHUCICHHBIE HCCICIOBAHUS
MOKA3bIBAIOT HECOMHEHHYIO poJib Sarl B nepemMemennn qunuaos u3 OP B KI'. Tak,
npu oSkchpeccuu kimetku Sarlb B kmetkax Caco-2 u McArdleRH7777,
cekperupyercsa Oonbiiee koiaudectBo ApoB48 u  ApoB100, a Taxxe
(bopMHUPYIOTCS XHIIOMUKPOHBI 00JIBIINX pasmepoB [84, 119, 142, 143].

CymectByeT JiBa mapajoruyeckux oenka, Sarla u Sarlb ¢ romosnorueit 91 %
[116]. OyHKIIMOHANBHBIC PA3IMUUA MEXKIY dTUMU Oenkamu He uzydanuch [131].
OpnHako ObLIO MOKAa3aHO, YTO TOJbKO MyTalusa reHa SAR1B npuBoauT k 60J€3HIM
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 obpazoBanus 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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nokpsitust 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].

KpynHomonekymnsipHble O€NKOBBIE 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-ipon3BoAHBIMU «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 MEpEeHOCUYHKH 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'
HeoOXoauMbI U ipyrue 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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Tpancroptep noctatoyHo 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-MUKPOCKOIMYECKOW ToMorpagueil Mbl He
HaOJIIOAAIM M30JUPOBAHHBIX METaBE3UKYJ, a Takxke moyek, nokpeiTeix COPII u
COJEpKallMX OCMHO(UIBLHOE BEIIECTBO, YTO MOATBEPKAAET THUIOTE3Y O
He3aBucuMoM oT COPII-nipou3BomHbx Be3ukyn Beixozae [IpeXM u3 OP [12, 56].

B TpaHcnopre IMNIonpoTeM0B OYEHb HU3KOW IUIOTHOCTH ITOKAa3aHa POJIb
eme ofHOro amantopuoro Oenka — ARF1 [124]. B kynbType KIETOK ¢
OTpULATENbHO JAOMUHHpYIOHIMM MyTaHTOM ARF1 ymensmaercss obOpa3oBaHue
VLDL u noBbImmiaeTcst JIMMOMPOTEUI0B, O0raThixX Tpuriuiepuaamu. 11 Hao0opoT, B
ciydyae u30biTouHOro nasieHus ARF1 cekpenus nUNONpoTenioB OY€Hb HU3KOU
IUIOTHOCTH Bo3pacTtaer [231].

benox ARF1 yuactByer B oOpazoBanuu COPI-iokpeiTHSI, KOTOPOE B CBOIO
ouepenb npuBoAuT K GopmupoBanuio 52 kM COPI-npousBomubix Beaukyn [183].
Koaromep I (COPI) BcTpeuarorcs B mpenenax Bceid cronku KI', HO wame co
CTOpOHBI cis-nomoca. Ero gyHkuus omnpezaensercs aBTopaMu B 3aBUCHUMOCTH OT
NPUHATHS UM TOW WM WHOU MoJenu Tpancnopta yepe3 KI' [81]. Ha ceroansimrHmii
JICHb HE BBI3BIBAET COMHEHHS KIIIOUEBAs pOJib OCNIKOB MOKPBHITUN B TPAHCIOPTE
JUNUAO0B, KOTOpas B OCHOBHOM, CBOAMTCS K (OPMUPOBAHHMIO TPAHCHOPTHBIX
NEPEeHOCUYMKOB Ha Pa3HbIX ATamax CEeKPEeTOPHOro TPaHCIOpTa, OJHAKO,

WHTEPIPETALUNA STOW POJIH MPOJIOJKAIOT 00CYKIATHCA.
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I[Ipy  MHOro3TamHOM  BHYTPUKJIETOYHOM  TPAHCIIOPTE  BO3HUKAET
HEOOXOMMOCTh B 00€CTICYEHUH aJIPECHOTO CIHUSIHUSI MEMOpaH CEKpPETOPHOTO MyTH
C MEMOpPAHHBIM MEPEHOCYUKOM TPY30BBIX MOJIEKYJI. DTy POJib BBINOJIHSAET OCOOBII
kiacc TpancmeMOpaHHbix OenkoB — SNARE Oenku. Beuto mokaszaHo, 4to aiis
custHUST  Be3ukyn, comepkammx [IpeXM, ¢ KI, Heo0XoaumMo MpHCYTCTBHE
SNARE-kommiekca, npeacrapistomero coooii VAMP7 B kauectBe R-SNARE u
cunTakcuH 5, rbetl u vtila B kauectBe Q-SNARE [290]. Xots VAMP7 B kieTkax
MJICKONTUTAIOMX ~ OOBIYHO  JIOKAJU3YeTCSs B DHIOCOMax W 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 MeHsI0T CBOM JTUIUIHBIN COCTaB, MIMKO3WIUPYIOTCS O0eku ApoB-
48, Bkmoyarorcs B coctaB [IpeXM ApoA-1 u npouee [72].

Hamu wuccnenoBaHusi mokaszaiv, 4To uepe3 25 MHH. OCHOBHOW 0O0BEM
ANIIEKTPOHHO-TUIOTHBIX 4acThll 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-niontocy. Yepes 45 MUH. BCe TUIUABI MOKUIAIOT CTOIKY.

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

«Be3ukynspHas» moznenb, npemnoxennasn Jx. [lammane, npeanonaraer, 4ro
IMUCTEPHBI ~ TOcie WX  (OPMUPOBAHUS  CYIIECTBYIOT  TIOCTOSIHHO,  a
TPAHCIIOPTUPYEMBIE MOJIEKYJIbl TEPEMEIIAIOTCA OT IMCTEPHbI K IHUCTEPHE
3aKIIIOYCHHBIMHA B MEJIKME TPaHCIOPTHBIC Be3uKysbl [196]. Ponbs TpancnopTepos

orBoaunack COPI- u COPII-nnpon3BogHbIE BE3UKYIIAM.
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IlonpITKa HKCTPAmOJSALMMA HAIIMX [JAaHHBIX Ha CYIIECTBYIOLIME MOJIEIU
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
MeMOpanHabie ipodunu nuamerpom 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
cHIKaeT win OnokupyeT TpancnopT XM [231]. Tak HokayTHbIX Arfrpl-mbimeid
HAOJI0AIOCh PE3KOE CHU)KEHHME BBICBOOOXKIEHHUS JIMIUAOB W3 KUIIEYHOTO
AMUTENUS B TUM(Y U KPOBb, a TAKKE BbIpAXKEHHAs 3a/1ep>KKa pOCTa KUBOTHBIX U3-
3a cHWKeHUs abcopOumu xupa [25] u Hakorutenue B KI' 6enka ApoA-I. ITpu atom
YCBOEHHE JKHUPHBIX KHCIOT, a Takxke oOpa3zoBaHue u co3peBaHue [IpeXM Ha
IIEPBOM JTaIle, MPOXOIAIIEM Ha YPOBHE MEIOYKOB OP, HE MEHAIOCH.

Joctatouno Oosbmue 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>XWJM JUCKPETHBIX OKPYIJIBIX MEMOpaHHbIX MpoQuiei, 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  MNPOTUBOPEUMEM MOJIEIA «CO3PEBAHUS U  MPOTPECCHUM
OPUMEHUTENBHO K TPAHCIOPTY JUIUIOB CTAId JaHHBIE, JEMOHCTPUPYIOIIUE
KOHIIEHTpaIuio XM BO BpeMsi UX MPOXOKICHUS OT IUC- K TPAHC-TIOIIOCY CTOMKH
KT', MexaHu3M KOTOpOro, Ha CErOHSAIIHUMN JI€Hb, CI0)KHO OOBSICHUM.

B orimuue ot mpeapiaymmx Mojaenel, «kiss-and-runy»-Moaens WM MOCIb
«CIUSHUS 1 TTOCIICIYIOIIEro pa3IecHus» KoMmmapTMenToB [173, 175, 176], umeer
MOTEHIIMAN, YTOObI OOBSCHUTH OOJIBIIMHCTBO MMEIOIIMXCS JAHHBIX O TPAHCIOPTE
XM uepe3 cronky KI'. Mogens Obuta npeayioxkeHa Ajig 0ObsICHEHUS! MEXaHU3MOB
TpaHcnopta OenkoB uepe3 KI' B kierkax muiexonuTaronmx A. A. MHUpPOHOBBIM
coBMectHo ¢ I'. B. Besnycenko (2012, 2013) u OCHOBBIBACTCS Ha MEXaHHU3ME
HETIOJTHOTO CMSHUS MeMOpan [172, 176].

JlanHast MOJIeNIb TIPEANosaraeT, 4YTo BO BpeMs TPaHCIIOpTa OCJIKOB COCETHHE
koMraptMenTel KI' momapHo coeaussitorcs 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
MOCJICIYIONIUM PA3JICICHUEM B JPYrOM IO3BOJIIET OOECIEUYUTh MEPEeMEICHNUE U
KOHIICHTPAIUIO TPAHCIIOPTUPYEMBIX TPY30B MO Mepe MPOXOXKIACHUS yepe3 CTOIKY.
Eciu  «rpy3oBasi» 001acTh  TPaHCHOPTUPYET MaKPOMOJEKYJbl  (Hampumep,
MIPOKOJIIAreH), TO TPaHCIIOPTEPhI He BcTpauBaroTcs B cronky KI', a mpoasuraroTcs
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 aktuBHOoCcTE COPI
SBIIETCS 00sA3aTeabHBIM ycioBueM TpaHcmopTa [155]. B «kiss-and-ran»-moaenu
COPI-Be3uKkymbl SBASIOTCS MOP(GOJIOTMYECKO OCHOBOM MEXaHU3Ma HEMOJHOTrO

ClusiHUST MeMOpaH, KOTOpPbIH HEOOXOAWM JUIsi BOCCTAaHOBJICHHS-PA300IIECHUS



83

SNARE-kommiekca, mo3Bosstomero (GopMUpoBaTh BpPEMEHHBIE TYOYJISIpHBIC
coenuHeHns Mexay nuucrepaamu K.

3amycK MeXaHW3Ma CIIMSHMS BE3UKYJ OCYIIECTBIISIETCS MOHAMH KaJIbLIMS,
KOTOpbIE BBIXOIAT U3 Onwxaimed wuctepust OP. 3OTo mpuBoautr K
IPUCOEAMHEHUIO IIUTO30JIbHON (hoconumnazsl Ay K MeMOpaHaMm TJIACTUHYATOTO
komiutekca [259]. JlanHbli (epMEHT KaTalM3MPyeT 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 ITy3bIPHKOB 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 moBbIIIeHNUs] YyBCTBUTEIBHOCTH MEMOpaH K HOHaM KaibIus. [Ipu 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,
alueTWINPYETC W B JaJbHEHIIEM Yy4YacTBYeT B CIUSHMHM TPAHCIOPTHOTO
nepeHocurka ¢ MmemOpanoit KI'.

Taxum 006pazom, TPaHCTIOPTHBIN NEPEHOCUNK BCTPaUBAeTCs COOKY B CTOIKY
KI'. Tlocme cnusiHMS [BYX IOCJIEIOBATENBHO PACHOJIOKEHHBIX KOMIIAPTMEHTOB
3aIyCcKaeTcsl Mpolecc, BEAYIIUH K pa3pbiBy TYOYISIPHOTO 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-
nontocy KI', 1ysi HEero CTaHOBUTCS BO3MOKHBIM CJIUSIHHE, C, TaK HA3bIBAEMbIM,
OHAOCOMAJIBHBIM TYOYJISAPHBIM TpaHC-CIuieTeHneM. [Ipu 3ToM TpaHC-CIUIeTeHHE
nepemeniaercs kK Tpanc-nontocy KI' u u3 Hero gpopmupyercs nociequss UCTepHa
OopraHesuibl — TpaHc-uucTepHa. OHa, B OTJIMYME OT IUC- U MEIUAJIbHBIX IIUCTEPH,
UMeEET OTIUYUTENIbHYI0O OCOOEHHOCTh - COJIEPKUT MEMOpPAHHBIC MMOYKH, MIOKPHITHIE
KJIATpUHOM. EciM TpaHcmopT 4depe3 LUCTEPHY OTCYTCTBYET, 3TOW IMCTEPHBI HA
MJIacTUHYAaTOM KoMiuiekce HeT. Ilpu 3ToM camasi moclenHsss MeauaibHas
LACTEpHA OpraHesulbl NpHUKphIBacTCs uucrepHord OP. J/laHHas 3aKOHOMEpPHOCTH
OblJla HaMM TakKe IOKa3aHa B OTCYTCTBUM JIMMMAHOW Harpysku mnocie 24
roJIOAAHUs )KUBOTHBIX.

[Ipu Bo300HOBIEHMM TpaHcmopTa uepe3 crtonky KI', TpaHc-cruierenue
MIPUCOCINHACTCS K MEIUAIBHON IUCTEPHE OPraHeUIbl, OTTECHAS LUCTEepHY OP.
OHO COEpPKUT KIATPUHOBBIE MOYKU U MECTAMH TOKE MPUKPBITA HUCTEPHOU DP.
BuguMmo mnpu OTTECHEHMHM LHMCTEPHBI OP OT CTONKH MPOUCXOIUT PE3KOE
yBEIMYUBATLCA BbIOpoca u3 OP HOHOB KajbllUs, YTO MOTCHIUPYIOT CIHSHUE
TPAHCIIOPTHOTO MEPEHOCYUKA C TPY30BBIMU MOJIEKYJIaMHU ¢ TpaHc-cruieTeHueM KI'.

Oro cinusaue onpexnenserca cMeHod SNARE, koropele ¢ukcupyror
TPAHCIIOPTHBIN TEPEHOCYMK Ha TPAHC-CTOPOHE CTOMKU. 37€Ch MEPEHOCUYUK
0CBOOOYXKIaeTCs OT (PepMEHTOB IMIMKO3WIMPOBAaHUS 1 HanpasisieTcs kK [IM [172].

Takum oOGpa3zoM, aJjis 0ObSICHEHUSI TPAHCIIOPTUPOBKU arperaroB XM uepes
KI' HamOOJbIIyI0 COCTOATEIBLHOCTh, Ha Haml B3I, umeeT «kiss-and-rany
MOJIe/Ib, KOTOpasi HAIOMHHAET MOJIEIb «CO3PEBAHUS U MPOTPECCUU LIUCTEPHY», HO
OOBSCHSET POJb BPEMEHHBIX TYOyJISApHBIX COEIUHECHMA Mexay OP u 1uc-
[Nosnbmxu, a Takke Mexay kommaptmenramu KI'. Kpome Toro, Momens no3BosisieT
00bsicHuTh poiib COPI-pou3BOAHBIX BE3UWKYJ, B YACTHOCTH UX HEOOXOJIUMOE
ydactue B cekpennmn XM mpu HeOosbimoMm konmuectBe B cTpykrype KI. COPI-
BE3UKYJIbI, peryaupys mpouecc (hopMuUpoBaHUs/pa3eieHUus TyOYJspHbIC

CoeIMHEHUN Mexay cocenHumu memOpanamu KI', obOecrneunBaroT O€NIKOBBIE,
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JUMNUIHbIE U KOHLEHTPALMOHHbIE TPAJUEHThl BAOJIb CTONKH, U TAK)KE CIIOCOOHBI
omokupoBath TpaHcmopt uepe3 KI' [233].

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

O BO3MOKHBIX MEXaHMU3MaxX BbIxoaa XM U3 30HbI MaJIbIEBUAHBIX 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 IUIOMIA[b IMOBEPXHOCTU
KJIETKM, HO M, COKpaulasch, CHOCOOCTBYIOT NPOABM)KECHUIO JIMIHMJIOB IO
IUIa3MaTHYECKON MeMOpaHe CO «IETOYHOU KaeMKH» Ha 0a30iaTepalbHyIO 4acTb.
Hamu Obuto moOKa3aHO, 4YTO Ha HayallbHOM JTalle BCAChIBAHUS JIUIHIOB
IPOUCXOAUT YMEHBIICHUE JJIMHBI MUKPOBOPCUHKHU OJTHOBPEMEHHO C YBEIMUECHUEM
ee JAuaMeTpa MO CPaBHEHHIO C KOHTpoJieM. Mop(oJIOrHYecKytd OCHOBY 3TOTO
npoliecca 00eCeurnBaeT CJI0KHO OPTaHU30BAHHBINA IUTOCKEIET MUKPOBOPCHUHKH.

LlenTpanpHass 4YacTh  LMTOCKEJIETa  MHUKPOBOPCUHKU  (OpMHUpPYETCS
AKTUHOBBIMH MUKpO(HUIaAMEHTAMH M B3aUMOJICHCTBYIOIIMMHU 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,
GUMOpHHOM W, amnWKaabHO, BWIUIMHOM [167], KOTOpbIE CHIMBAIOT H
CTa0MIIM3UPYIOT aKTUHOBBIE BOJIOKHA [264]. ®DUMOpUH, YBEIMUUBACT )KECTKOCTD U
HOPSIIOK PACIIONIONKEHUSI MUKPOBOPCUHOK [61]. B ero oTcyTcTBIE MUKPOBOPCHHKH
CTAHOBSATCS 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 APYTHMMH, K HACTOAIMICMY BPCMCHH HCHU3BCCTHBIMH, MOJICKYJIaMHU

[187].



86

MuKpOBOpPCHHKA YKOpauWBaeTCs M HapyllaeTcss €€ apXUTeKTypa IpHu
orcyrcTBum Oenka Crb3 u anukansHOTO Oenka ERM-33puHa, clmBaronero akTiH
C anuKaJbHONH MEMOpaHOW »JHTEPOIUTA, YTO YKa3blBaeT HA WX pOJb B
dbopMupoBannn U crabmnmsanuu [225] merounoi kaemku [62], XOTs OCHOBHBIE
MEXaHHU3MBI 0CTarOTCs HesscHbiMu [101].

MuxkpodunaMeHTsl TOAISPKUBAIOT MAaJIBICBUAHYIO (OPMY amnMKaIbHON
YacTH TUIa3MaTUYEeCKON MeMOpaHbI Oyiarofapsi CIUPAIBHOW CUCTEMe MEMOpaHHO-
MUKPO(QUITAMEHTHBIX CBSI3CH.

TepMuHanbHasE CETh YHTEPOIIUTA COCTOUT U3 (PUIAMEHTO3HOTO MaTepuaja u
IIUTOCKEJICTHOW CETH, CBS3aHHOW C COCIUHHUTEIHHBIMH KOMIUIEKCAMHU KJIETKH. B
Hell BbisIBIIsIIOTC Oenku MuoswH u auenpun [179]. Keller T. C. et al. (1985)
WCCJICIOBAI POJIb MUO3WHA B COKPAIICHHH TEPMHHAIBLHOW CETH M TIPEIITOJIOKHIT
CYIIECTBOBAHHE, TI0 MEHBIIIEH Mepe, IBYX pa3HbIX MMOJMHOKECTB MHO3uHa [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 BJOJbh ITYYKOB aKTHHA
[168].

Takum 00pa3oM, MHUKPOBOPCHHKAa W TEPMHHAJbHAs CETh (POPMHPYIOT
CJIO’KHBIN KOMIUICKC IIUTOCKEIICTHBIX M COKPATUTEILHBIX OCIIKOB, B3aMOJICHCTBHUEC
KOTOPBIX 00ECIIEYNBACT X COKPAIICHUE, YTO MOXKET 00ECIICUnBATh POIBIKCHHE
JIMITAJIOB K TJIa3MaTHYeCKOl MeMOpaHe.

Yepes 45 wMuH. Tocie 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 0a3o0JjaTepalibHOW YacTH IUIa3MOJIEMMBI M IIUTOCKENIeTa KICTKH. MBI
noareepauan aanasie Krndija D. et al. (2019), koTopbie MpoaeMOHCTPUPOBAIH
UMMYHO-(DITFOOPECIICHTHBIM aHAJIM30M aKTHHO-MHO3MHOBYIO «MaHXETKY» BJIOJIb

0a3o-naTepanbHOi TOBepXHOCTH TuTazmMosieMMbl [18]. Hamu Obutn 0OHaApy>KEHBI
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Ny4YKd  TOHKUX  (UIAMEHTOB,  PACHOJIOKEHHBIX  MEXAY JAECMOCOMAaMH,
OTPaHUYHMBAIONTUMH TATBIIEBUTHBIN KOHTAKT.

Bo Bpems TpaHciuTO3a JIMNUAOB IIUPUHA MEXKOHTAKTHOW IIEIH,
3aMoJHEHHAsT OCMUO(WIbHBIMA YacCTUIAMH, YBEJIMYMUBACTCS, MO CPaBHEHUIO C
KOHTpOJIEM, B JiBa paza Ha 25-if MHUHyTe JKCIEpPUMEHTa W B TpU pa3a Ha 45-i
MuHyTe. OJHOBpPEMEHHO JUIMHA JIaTEPAJIbHOM  MPOEKIUU  MalbIEBUIHBIX
KOHTakTOB Ha Oa3onarepaibHyl0 MoBepXHOCTh [IM »sHTepormTa BO3pacTaer
npuOAN3UTENBbHO B 1,5 pasza depe3 25 MUH. MOC/ie Hayajla BCAaChIBaHUS U MOYTH B
JBa pasza 4depe3 45 MuUH. mocie Havana BcachiBaHus. CleayeT OTMETUTh, YTO
yKa3aHHbIE W3MEHEHHsS CTAHOBATCS OoJee BBIPAKEHHBIMH B HampaBICHUH
0azajnpHOrO mojoca dHTepouuTta. [lpm  3TOM JyIMHA KOHTAKTUPYIOIIMX
NOBEPXHOCTEH B MaJbLIEBUIHOM KOHTAKTE MEXIY COCEAHUMM JIECMOCOMaMHU He
MEHSIETCS. ITO CBUJETEILCTBYET O TOM, YTO IECMOCOMBI HE TOJIBKO 00ECTIeYNBAIOT
IPOYHOCTh MOHOCJOS, CBA3BIBAsI B €AMHYIO CE€Th TOHKHE (MIAMEHTBHI COCEIHMX
SHTEPOIMTOB, HO W, BIUIETAACh B TOHKHE (PHIIAMEHTHI KJIETKH, MPEAOTBPAIIAIOT
«TIEPEHANTOTHEHUE» JIUMHUIaMIA MEKKIETOYHOU IETH U MOBPEXKIECHUE MOHOCTOA.
Hamm HaOmoneHuss MO3BOJIAIOT MPEANOJIOKUTh CYIIECTBOBAHHWE HEKOTOPOTO
MEXaHM3Ma «BBIJABIMBAIOIIETO» JIUMUAB M3 30HBI HWHTEPAUTHUTHPYIOIINX
KOHTaKTOB K 0a3ajbHON MeMOpaHe SHTEpOIINTA, KOTOPHI MOKET 00eCTieunBaThCs
COKpAII[CHHEM ITyYKOB aKTHHOBBIX MUKPO(HIAMEHTOB.

Harnerascb B MEXKJIECTOYHOM MPOCTPAHCTBE MEXY OHTEPOIUTOM U
0azanpbHOM  MeMOpaHOW, JHMHABI CO3MAaI0T  JIaBlIEHHWE, CIOCOOCTBYIOIIEE
JabHEUIIIEMY UX MPOIBUKEHHIO.

Harmu nccnenoBanus mokasaiu, 4To y KpbIC Tociie 24-4acoBOTO TOJIOJaHUs,
0azanpHass MeMOpaHa MpeAcTaBlieHa TOHKOW MOJIOCKON OJHOPOJHOTO aMOp(HOTO
BEIIIECTBA CPeIHEH dIEKTPOHHOMN TIIOTHOCTH. DeHecTpsl B MeMOpaHe BCTPEYATUCH
penKo, TeM HE MEHee, B 30HaX (DeHeCTp PEerucTpUpOBATIUCH KIETKH WMMYHHOU
cUCTeMBbI. PsoM aBTOpOB OBLJIO BBICKA3aHO TMPEAMNOJIOKEHUE, UYTO (HEHECTPHI
TOHKON KHWIIIKH CBSI3aHBI C PETYJSIMEH BCACBHIBAHHWS THUTATCIIBHBIX BEIIECTB, B

YaCTHOCTH JIUIIMAOB, N3 MCIKKIICTOYHOI'O IIPOCTPAHCTBA IIIUTCINA K COOCTBEHHOM
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IUTACTUHKE CIM3UCTOM O0O0JIOUKH, YTO ObUIO MPOJAEMOHCTPUPOBAHO YBEIUUYEHUEM
KOJIM4YecTBa M pasMmepa ¢eHecTp Oa3aibHON MeMOpaHbl TOCIE KOPMIICHUS
KUBOTHBIX [74].

Mp1 Hanuu Mop(oIoruyecKue MOATBEPKICHUS YIACTHIO KIIETOK UMMYHHOM
CUCTEMBI B TIPOIIECCE BCACHIBAHMS JIMITHIOB. B 3KCTIEpMEHTE MBI pETUCTPUPOBAIIH
CKOIUICHUS JIMMIUJ0B HaJ U MoJ 6a3aibHO MeMOpaHoii, a TaKkKe B MPOCBETE MOp,
BMECTE C OTPOCTKAMU NICHIPUTHBIX KJIETOK, KOTOpPHIE ObUIM WACHTH(HUIIUPOBAHBI
HaMH Ha OCHOBE yJIbTPACTPYKTYPHBIX KpuTepueB [64].

Takum oOpa3zom, U3y4eHHBIE HAMH OCOOCHHOCTH CTPOEHHUS SHTEPOIUTa B
OTCYTCTBUHU M BO BPEMS TPAHCIIOPTA JIMIHIOB U3 MTPOCBETa KUIITKA B COOCTBECHHYIO
IUIACTUHKY KUIIEYHOM BOPCHHKHM TIO3BOJISIIOT TOBOPUTH O CYIIECTBOBAaHUU
HEKOTOPOTO HACOCHOTO MEXaHW3Ma, CIIOCOOCTBYIOIIETO MPOABUKEHHUIO JTUIHUIOB
4yepe3 AMUTENNA KUIIKU U UX HarHETaHUIO B CTPOMY BOPCHHKH.

Tpaucnopm aunudog uepe3 0A3ANbHYIO MeMOPAHY 6 COOCMBEHHYIO
NIACMUHKY KULUEYHOU 80PCUHKUL.

Ha cnenyromem stane XM A0KHBI MPEOONETh Oa3alibHYl0 MeMOpaHy,
JeKAIIYI0 Ha TpaHUIE DIUTEIUATLHOTO CJIOS W COOCTBEHHOM IIJIACTHHKH
KkumedHol Bopcunku [141]. Panee Obuto BbICKa3zaHO mpeArnojoxenue [74], urto
XM npoxoasat yepe3 (peHecTpbl, mpenaHa3HAaYeHHbIC NI MUTPUPYIOIIUX KIIETOK
MMMYHHOM CHCTEMBI. A Takke OBbUIO TMOKa3aHO, YTO KOJMUYECTBO U pa3Mep
dbeHecTp yBEIWYMBACTCS B TOIICH KHUIIKE XUBOTHBIX IOCIE KOPMIICHHS, YTO
MOJKET OBITh CBSI3aHO C PETYIIALKEH BCachIBaHUS MUTATEAbHBIX BemiecTs [74, 140,
260].

JleiicTBUTEIBHO, TIOCHE 24-4acOBOTO TOJOJAaHUS Y KPBIC TTOPHI B Oa3aabHOM
MeMOpaHe perucTpupyrorcs peako. Hamporus, depe3 45 MUHYT mociie BBEICHUS
XUMYyca, Mbl Ha0JIF0Ja€M MHOTOYHMCIICHHBIE TTOPHI C JIMMHIaMH B TIPOCBETE, B YaCTH
U3 KOTOPBIX OOHAPYKMBAIOTCS IUTOIJIA3MATHYECKHE OTPOCTKHA KIETOK C
YIBTPACTPYKTYPOH, XapaKTEPHOU JUIsl JSHIPHUTHBIX KJIETOK, OMUCAaHHBIX paHEE B

nuteparype [1].
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Jlosiroe BpeMsi HE 3HAIIM O CYIIECTBOBAHUHM JICHIPUTHBIX KJIETOK B AMTUTEINU
KAIIKA W TpuHEMaTM ux 3a JmMboruTel [220]. OnHako yimbTpacTpyKTypa
«CBETJIBIX» KJIETOK B COCTAaBE OIUTEIHS HW JUMQOIMTOB HMEET pazIudusl.
[MuToruiasma ACHAPUTHBIX KIETOK OTHOCUTEIBHO O€Ha OpraHeijylaMu, a HuX
OTPOCTKH 00pa3yroT IUIOTHBIC COSJAMHEHUS C dHTeporuTamMu [64], KoTopble TaKkke
OBLIIM HAMU MPOJAEMOHCTPUPOBAHBI.

N3BecTHO, YTO AEHAPUTHBIC KJIETKA BOBJICYCHBI B TIEPEHOC OakTepuil yepes
KHAIEYHbINH snutenmid [64, 217]. Tlpm 3TOM OHHU JIETKO OTKPHIBAIOT ILIOTHBIC
COCJIMHEHUS MEXKIY HSHTEPOLUTAMU, CUHTE3UPYs OENKU TUIOTHBIX COCAMHEHHIM
CDI11b u CD8a, CX3CR1 [63], ¥ NpOHHKAIOT CBOMMH OTPOCTKAMH B IIPOCBET
KUIIIKK, HE HapyIllas MPU 3TOM LETOCTHOCTH AIUTEIHAIIBHOTO TIIacTa.

Takum obOpa3zom, GazanbHass MeMOpaHa MpeACTaBIsIET coOol oOpazoBaHuUE,
KOTOpo€ o0ecrnevynBaeT AUHAMHYECKOE B3aUMOJICHCTBUE MEXIY IMHUTEIUATHHBIM
CIIOEM H COOCTBEHHOW IUIACTUHKOW, XOTS OOBIYHO CUMTAETCS >KECTKOM
CTPYKTYPOM, ACHCTBYIOMIEH B KauecTBe Oapbepa [141].

[Ipoxoas uepe3 OazanbHyro MeMOpaHy, XM oOKa3bIBalOTCS B OCHOBHOM
BEII[ECTBE COOCTBEHHOM TUIACTHMHKU CIU3UCTOM OOOJOUKH, MEXIY €€ KIIETKaMH,
BOKPYT' KPOBEHOCHBIX U JuMpaTudeckux kanuwuisipoB. [locie mosiiaenus XM B
WHTEPCTHUIINHM, TOCIAEAHUN  pacTsIruBaeTcsi. OTO  BBI3BIBACT  COKpAICHUE

TJIaJKOMBIIIICUHBIX KJICTOK KUIIIEYHOU BopcuHKH [281].
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3AK/TIOYEHHE

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
MPEOJI0JICBAIOT UEbIA psifl O0apbepoB, OCHOBHBIMHU U3 KOTOPBIX SIBJISIOTCS:
mIa3MaThudeckass MeMOpaHa MHUKPOBOPCHHKH SHTEPOIMTA (amWKajdbHAs dYacTh
MJIa3MaTUYECKOW  MeMOpaHbl  PHTEPOLMTA), TIAJKUM  HIHAOIIIa3MAaTUYECKUN
peTUKYIIOM, KOMIUIEKC ['onbmku, Oas3onaTepalibHas dYacTh IUIa3MaTHYECKOU
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 nuddys3uu.
Cokpatienie (priaMeHTOB TEPMHUHAIBHOM CETH MHUKPOBOPCHHOK SHTEPOIUTA
o0ecrieurBaeT TEUCHHUE JIUIUOB JI0 MJIOTHOTO KOHTaKTa, KOTOPHIN MPENSITCTBYET
JaJbHEHUIIEeMY WX JBIJKCHHIO B KICTOYHOM MeMOpaHe. JIMMUIBI BHIXOIAT W3
Ouciios Miaa3MOJeMMbl W HampaBisiloTcss B ['OP, 1mucTepHBI  KOTOPOTO
pacrmoyiaraloTcsi B HEMOCPEACTBEHHOM OJM30CTH OT IUJIOTHOTO KOHTAaKTa.
[IpoAOMKUTENBHOCTD JAHHOTO 3Tara COCTABISAET 5 MUHYT.

Ha BropoM »srame maunuabl C TOMOLIBIO  OEIKOB-NIEPEHOCUHUKOB
nepemeniaroTcs B nuctepuny ['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 OOHApPYXHWIIM, YTO CTPYKTYpPhl, COJEpKaIue JUIUIbI,
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 BE3HUKYJIbl. OHH, BOCCTaHaBIMBas (MPU HEMOJHOM CIUSHUW) WU
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 KOMIIApTMEHTaMU
ctonku. [Ipm 3TOM MeMOpaHHBIA MEPEHOCUYHK C XWJIOMHKPOHAMHM HHUKOIZIa HE
OCTAETCs MOJHOCTHIO U30JUpOBaHHBIM OT muctepH KI'. JIunuael BcTpewaroTcs Ha
npoTskeHun Bced cronku KI' B JatepanbHbIX pacIIMPEHUSX LUCTEPH, & 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 JIUIUJOB 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 KIJIETOK. HakomieHue munuaoB 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 SHTEPOLUTA U
LMUTOCKEJIET KJIETKA. B 4aCTHOCTH, IUIOTHBIA KOHTAKT, KOTOPBIM PacHoyaraercs
BOJIM3M OCHOBAaHUS MHKPOBOPCHHKHM DSHTEPOLIUTA, OOYCIIOBIMBACT MEPEXO]
JUNUAOB U3 OUCIION TUIa3MOJIEMMBI B LIMTOIIa3My. JlecMOCOMBI, pacnoioKeHHbIE
MEXAy NaJbLIEBUAHBIMU KOHTAKTaAMH, O0ECIIEYMBAIOT IPOYHOCTh AMUTEIUATIBHOTO

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  (DUIAMEHTOB, PACIOJIO)KEHHBIE  BIOJb
0a3onaTepaibHONM YacTU IJIa3MOJIEMMbl M BIUIETAIOIIMECS B MUKPO(QUIAMEHTBHI
JecMocoM. Mpbl monaraeM, 4YTo TOJ00HOE B3aWMOPACIIONIOKEHUE DJIEMEHTOB
LUTOCKEJIETA, CBSI3aHHBIX C MEKKJIETOUHBIMH KOHTAKTaMH, CIIOCOOHO 00ECIIeUnTh
COKpaIlleHHE YydYacTKa KJIETKM U BblIaBIuBaHue XM B CTOpoHy Oa3anbHOMN
MEMOpaHBbI.

Takum oOpazom, B cpenHem uepe3 45 MuH. OoJibliasi 4acTh JIMIHIOB
NONaJaeT U3 MOJIOCTH TOHKOM KHUIIKA B COOCTBEHHYIO IUTACTHUHKY KHUIIIEYHOMN

BOPCHHKH.
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BbIBO/IbI

1. YabTpacTpykTypa KHIIEYHOW BOPCUHKH TOHKON KHUIIKH 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 TedeHHe 45 MHUH.. 3a IIEepBble 5 MHMHYT OHHM JOCTHUTAIOT
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 alMKAJIbHOM YacThIO IUIa3MOJEMMBI IPOUCXOIUT
OpaKTHUECKU ©O€3 HHAOLUUTO3a, TPAHCHOPT HE3PEIbIX XWIOMHUKPOHOB W3
HHAOIIA3MATHYECKOTO PETHKYJIOMa B KOMIUIEKC ['onbaxu — 6e3 popMupoBaHus
COPII-mipou3BOAHBIX BE3UKYIL.

4. Bo Bpems TpaHCIOpTa JIMIHUJIOB 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 XWJIOMHUKPOHOB uepe3 CTOIKY sBisieTcs «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 Oa3alibHYyl0 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 MEXKJIETOYHBIX KOHTAKTOB B

WHTEPCTUIINI COOCTBEHHOM TIACTUHKU KUILIEYHOW BOPCUHKH.
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HPAKTUYECKHUE PEKOMEHJIALIUN

1. [IpoTOKON CHHXPOHU3ALMKU TPAHCIOPTA JUMUAOB MO3BOJIAET aJEKBATHO
OLICHUTh BPEMEHHBIE XapPaKTEPUCTHUKUA TPAHCIOPTHOIO MYTH HA KaXKIOM 3Tare
TPaHCIOPTA, U €ro MCIHOJb30BaHUE JAET BO3MOXKHOCTh HE TOJIKO JJI ACTAILHOTO
U3YYEHUS! CTPYKTYpP M MOJEKYJSIPHBIX MEXaHU3MOB, HO M [UJIi CpaBHEHUS
pe3yJIbTaTOB Pa3HbIX TPYIII UCCIIeI0BaTENEH, pabOTaOIIUX M0 TAHHOM MpobiiemMe.

2.  DNeKTpOHHO-MHUKPOCKOIMYECKHN  aHajiu3 BBICOKOTO  pPa3pelieHHUs
(BKJTFOUAsE  AJIEKTPOHHO-MUKPOCKOMUYECKYI0 TOMOrpaduio) HEoOXomauMm IS
JIOKa3aTEIbCTB JUCKPETHOIO WJIM HEMPEPHIBHOIO XapaKTepa TPaHCHOPTHBIX
MEXaHU3MOB MOJIEKYJI B KIIETKE.

3. Meron ycunenust KontpactupoBanusa no nporokony OTOTO no3Bonsier B
AIEKTPOHHO-MUKPOCKOIMMYECKUX HCCIEAOBAaHUAX BU3YAIM3UPOBATh 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-IepeHOCYMK  MHKPOCOMAJIBHOTO  TPUTJIHIICPHIA,
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 — 3HA0MIIa3MaTHYECKUM 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 Il) — BTopoii KOMITIEKC OCTKOB OKPBITHS

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-

STUMAJICUMHUIYYBCTBUTCIIbHBIMU PCLCIITOPAMU
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