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JIunuasl ABASIOTCS OMHUMU U3 CAMBIX PACIIPOCTPAHEHHBIX M BAXKHBIX KOMIIOHEHTOB KJIETOK. B yacTHOCTH,
LIMTOIUIA3MAaTUYECKUE JTIUITUAHBIE rpaHyibl (JIT) urpaior peiiamlyio poib B KJIETOUHOM SHEPreTUYeCKOM
obMeHe. OCHOBHBIMM HampaBJICHUSIMU JAHHOTO 0030pa SIBJISIIOTCS: PaCCMOTPEHUE CIIOCOOOB M3YyYeHMUS
BHYTPUKJIETOYHBIX JIMITUAOB, X COCTABA U POJIA B IIEPUOJ CO3PEBAHUI OOLIMTOB U pAHHETO SMOPHUOHAIIb-
Horo pa3Butus. HemaBHue mcciaemoBaHusl nmokasbiBaloT, uto JII' B oolMTax U aMOpHUOHAX SIBJISIIOTCSI HE
TOJIBKO XPaHUJIMIIIAMU SHEPreTUUECKOTO CyOCTpaTa, HO M aKTUBHBIMU BHYTPUKJIETOUHBIMU CTPYKTYpPaMH,

BBITTOJTHSTFOLLIMMU MHOXECTBO APYTUX (hyHKIIUIA.
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BBEAEHWE

Jlunuapl SBASIOTCS OOAHUMMHU M3 Haubosiee pac-
MPOCTPAHEHHBIX U BAXKHBIX XUMUUYECKHUX KOMITOHEH-
TOB KJIETOK, MTPAIOIIMX BaXKHYIO POJb B UX CTPOU-
TEeJIbCTBE, MeTabonu3me u peryiasiuuu (Farese, Wal-
ther, 2009; Walther, Farese, 2009; Dunning et al.,
2014; Welte, Gould, 2017). Jlununxsie rpanyist (JII')
TPaAMIIMOHHO W3BECTHbI KaK BHYTPUKJIETOYHBIE
CTPYKTYpPbI, HallOJJHEHHbIE TUAPODOOHBIMU JTUTIU -
namu. JII' gBIsIIOTCSl pe3epByapaMM sl XpaHEHUs
SHEPreTMYEeCKOro cyocTpara, a Takke oOecredyrBaioT
KJIETKW CTPOUTEIbHBIM MaTepUaJioM JUIst MeMOpaH pa3-
JIMYHBIX OpraHesul U, BO3MOXHO, BBIMOJHSIOT Ipyrue
¢dyakumu (Walther, Farese, 2012; Thiam et al., 2013).
I'mopodobHoe ssnpo JIT', okpykeHHOE hochommummm-
HBIM MOHOCJIOEM, B OCHOBHOM COCTOUT U3 TPpUAILWJI-
[JIMLIEPUHOB U CJIOXHBIX 3(UPOB CTEPOJIOB, TaKUX
Kak xojiectepuH (Walther, Farese, 2009). Takxke B co-
ctaB JII" Bxomar pazmmanble 6enxku (Thiam et al., 2013).

B ormaue ot panHero npencraBieHus o JII' kak
HUCKITIOUUTEIBHO O XpaHWINILAX JIMIIMIOB, B TTOCITE -
Hee BpeMsl UX paccMaTpUBAIOT KaK aKTUBHEIE BHYT-
PUKJIETOYHBIE CTPYKTYPhI, UTPAIOIIME€ BAXKHYIO POJIb
KaK B TOMEOCTa3e KJIETKM, TaK M JIPYTUX Ipolieccax
(Walther, Farese, 2009; Welte, Gould, 2017). Hanipu-
Mep, JIT cayxat 1eHTpaMu, IIPOaYyLMPYIOIINMA He-

Kotoprle crienudpuaeckue aunuabl (Kuerschner et al.,
2008). JII' TecHO CcBsI3aHBI C 3HOOILIA3MAaTUYECKUM
PETUKYJIYMOM, MUTOXOHAPUSIMU U APYTUMU CYOKJIE-
ToyHbIMU 251eMeHTaMu (Kuerschner et al., 2008; Thi-
am et al., 2013; Welte, Gould, 2017). JIT' conepxar
¢epMEeHTHI CUHTE3a TPUTIULIEPUIOB, a TAKXKE 1IEJIOTO
psioa pa3IUYHbIX JUIIMOOB, YTO YKA3bIBACT HA MX aK-
TUBHOE yJ4acTHe BO BHYTPUKIIETOYHOM METabOIM3Me
nociaenuux (Athenstaedt, Daum, 2006). JII' Takxke
BBITTOJIHSIOT (DYHKIIMIO TETOKCUKALIUY KJIETKU, YAep-
KMBasi TOKCUYHBIEC TUTIOMUIbHBIE MOJIEKYIbI (Welte,
Gould, 2017). O6mue acrieKThl OMOXUMUM 1 Onodur-
suku JII" o6¢cyxmaiorest B paborax Banbrepa u MDape-
ce (Walther, Farese, 2009, 2012), a rTaxke Trama c co-
aBropamu (Thiam et al., 2013). B naHHoi1 cTaThe pac-
CMaTpUBAIOTCS COBpEMEHHbIE MOAXO0AbI K M3y4EeHUIO
JIT' n ux BAMsSIHUE Ha pa3sBUTHE OOILMTOB U MPEUM-
IUIAHTAIIMOHHBIX SMOPHOHOB MJISKOIIMTAIOIINX.

METObl NCCIIEJOBAHWA
JIUTINIHBIX TPAHYJI OOLIUTOB
N IMMPEUMITVIAHTAIMOHHBIX SMBPMOHOB

Kiaccuueckasi cBeToBast 1 (payopeciieHTHAsI KOH-
doxkanbHas jgasepHasi CKaHUPYIOILIAass MUKPOCKOIIUS
CLSM (confocal laser scanning microscopy) 4acTo
WUCITIOJIb3YIOTCSI TSI U3YYeHUSI BHYTPUKIETOUHBIX JIT,
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a TakXe WX JIOKIM3allMKd B OOLIMTaX pa3jIMuHbIX BU-
noB muiekonuraomux (Dunning et al., 2014; Daemen
et al., 2015). ITponukarwiue ¢dpayopoxpombl BODIPY
u Hunbckuii KpacHbilt (Nile Red — NR) ncnonbs3ytor
st Busyanuzauuu JII' B oonTax,/sMOpuoHax miie-
KOMNUTAIOIIMX C MOCJEAYIOLIel OLEHKONH MX coaep-
JKaHUS TIpU MoMOoIIU (hJIyopeclieHTHOM MUKPOCKO-
muu i CLSM (Genicot et al., 2005; Barcelo-Fim-
bres, Seidel, 2011; Aardema et al., 2011; Romek et al.,
2011). B wactHOCTH, ¢ TTOMOIIBIO OKpamBaHus NR
OOLIMTOB M 3MOPHMOHOB KPYITHOTO POratoro CKoTa
(KPC) 0bUIO mpOaeMOHCTPUPOBAHO, YTO COAEpXKa-
HY€ JIMIIUIOB MPU Pa3BUTUU B YCIOBUSIX in Vitro Me-
Hsercs (Leroy et al., 2005). Takxke mist ucciemoBa-
Hus JII' UCMONB3YIOT METOABI MUKPOCKOIIUU CBEPX-
BbicoKoro paspemreHust (Daemen et al., 2015).
®nyopeciieHTHast MUKPOCKOITHS B PEXKME peaTbHO-
ro BpemeHu STED (stimulated emission depletion) u
FRET (fluorescence resonance energy transfer) obec-
MeYrBaloT paspellieHre B HECKOJbKO JeCSITKOB Ha-
HOMETPOB U OUYEHb TOJIe3HbI 1J1s1 uzydyeHus JII' u nx
B3aUMOJEWCTBUSA C APYTMMU KIIETOYHBIMU CTPYKTY-
pamu (Sturmey et al., 2006; Daemen et al., 2015).

Hapsiny ¢ dayopeclieHTHOM MUKPOCKOMUEH, 3J1eK-
TPOHHAsE MUKPOCKOTIUSI TPAAULIMOHHO MCITOJIb3YETCSI
st uccnenoBanust JII' B oonUtax MJIEKOMUTAIOIIUX
(Guraya, 1965). B yacTHOCTH, TTPOCBEUYMBAIOIIAS JICK-
TpoHHas1 MuKpockornuss TEM (transmission electron
microscopy) IMO3BOJISIET BU3yalu3upoBaTh (OpMy U
Jiokanuzauwuio JII'. BToT MeTon ObLT YCIEIIHO puMe-
HEH 110 OTHOIIEHUIO K OOIIUTaM pa3HbIX BUTOB MJIEKO-
nurtatoiux, Hanpumep, KPC (Ordonez-Leon et al.,
2014), cunbu (Pedersen et al., 2016) 1 Kpoinka
(Chrenek et al., 2014).

TpamnIIMOHHBIMY TTOAXOXAMU TSI U3YYEHMS BHYT-
PUKJIETOYHBIX JIUTIMIOB SIBJISTIOTCS Ta30Basi M TOHKO-
cimoiiHast xpomarorpadust (Henault, Killian, 1993;
Dunmore-Buyze et al., 1995). OTu MeToabl, B YaCTHO-
CTHU Ta3oBasi XpoMmaTorpadusi, ObUIM YCTIEITHO MPUMe-
HEHBI JUISI OLICHKU OOIIEro KOJIMUeCTBa JTUTTUAOB U CO-
OTHOIIIEHUS ONpeaeIeHHbIX XKUpHbIX KucioT (KK) B
OOLIMTAX M MPEVMMIUIAHTALMOHHBIX SMOPHUOHAaX pas3-
JIMYHBIX BUAOB MiekonuTaomux (Schie et al., 2013;
Warzych et al., 2017). OmHaKO 3TOT IIOIXO/, SIBJISICTCS
JIOPOTOCTOSIIIIMM, TPEOYIOIIMM CIelIMaIbHOTO 000py-
JIOBaHMSI, a TaKKe OOJIBILIOTO KoJIndecTBa (HECKOJIBKO
COTEH) OOIIMTOB WJIA ITPEUMILIAHTAITMOHHBIX SMOPHO-
HoB (Wang et al., 1998; McEvoy et al., 2000).

Macc-cnekrpomerpuss MS (mass spectrometry)
SIBJISIETCS €I1Ie OJHUM IIOJIXOAO0M, IIPY MOMOIIM KOTO-
pPOTO MOXHO OILIEHUTH COJIEPXKAHME JTUIINAOB B OOIIH -
TaX M paHHUX SMOpUOHAX. DTOT METOH OCHOBAaH Ha
MOHM3ALM1 MOJIEKYJI 0Opa3lia U JaJIbHEeHIIe COpTU-
pOBKe 00pa3ylolIMXCsd HWOHOB I10 COOTHOIICHMIO
MEXIy Maccoi M 3apsimoM MOHOB. [ Omoyiornde-
CKMX MCCJEIOBAaHMI Yallle BCEero MCIIOJb3YIOT MSIT-
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kyto noHusauuio (Ferreira et al., 2015): necopOLmoH-
HYIO 3JIEKTPOpACIIbUIMTEIbHYI0O MoHmM3anuio DESI
(desorption electrospray ionization) u MaTpU4YHYIO Jia-
3epHy10 aecopounto/nonnzanuo MALDI (matrix-as-
sisted laser desorption/ionization). MALDI moxert
OBITh peaan30BaH C IIPOCTPAHCTBEHHBIM pas3pelle-
HHUEM B HECKOJIBKO MUKPOH M HMCIOJb30BATHCS IS
Bu3yanu3anuu oopasios (Buchberger et al., 2017). C
JIpyroii ctropoHsl, cuntaercs, yro DESI momxomut
IJIsl KOJIMYECTBEHHOTO aHaju3a, B TO BpeMsl Kak
MALDI gaet kayecTBeHHbIE JaHHBIE O XUMUYECKOM
cocrtaBe. B omymmuue ot razoBoii xpomaTtorpadum MS
MIpeaoCTaBIsIeT MH(GOPMALIMIO HE TOJILKO O COmepKa-
Huu KK, HO 1 0 11000M MHTEpECYIOLIeM JIUIIUIE.
ITpenmyiiectBo MS 3akiiroyaeTrcsi B TOM, 4YTO JJisI
aHayiM3a TpebyeTcsi MeHbIllee KOJMYEeCTBO OoOpasla
10 CPaBHEHMIO C Xpomarorpapueit, 1 ero MoxKHO
MPUMEHSATb K OTIEJIBbHOMY OOLUTY WJIM 3MOPHOHY
(Ferreira et al., 2012). OgHako Macc-cneKTphl OMOJI0-
TMYECKUX KJIETOK COAepXKaT OOJIbIIOE KOJMYECTBO
uHbopMaILK, TTO3TOMY TIPU UX aHAJMU3e 4acTO MC-
MoJIb3yloT MHOroMepHble moaxoasl (Ferreira et al.,
2015). Ha npaktuke, MS npuMeHsUIN IJIST U3yYEHUS
JIMII0B B oonuTax Jiomanu (Sessions-Bresnahan et al.,
2016), a Takxe B ooumntax u smopuoHax KPC (Leao
et al., 2015; Sudano et al., 2016; Goncalves et al., 2016).

BoJIbIIMHCTBO U3 pacCMOTPEHHBIX BHILIE 3KCIE-
PUMEHTAJIbHBIX IOAXO0I0B (3JIEKTPOHHASI MUKPOCKO-
s, XxpoMaTorpadusi, MacC-CIIeKTPOMETPHSI) TpeOy-
0T puKcauy odOpasla WM JaXke ero pa3pylieHus.
MudpakpacHas (MK) cnekrpockomnus M CIIEKTPO-
CKOITHSI KOMOMHALIMOHHOTO paccesiHUs cBeTa (pama-
HOBCKasl CIEKTPOCKOIIMS), SIBIISIIOTCSI HEMHBA3UB-
HBIMU METOJIaMU U IPUMEHSIIOTCS IJISI MOHUTOPUHTA
KUBBIX KJIeTokK (Zoladek et al., 2011; Ishigaki et al.,
2016). Ob6a moaxoaa OCHOBaHBI Ha B3aUMOICHCTBUU
MOJIEKYJ ¢ KBAaHTaMU CBETa, YTO O0YCJIOBJICHO Mepe-
Javyeil SHeprum Mexny (POTOHAMU U KoJiebaTeIbHbI-
MU DHEPreTUYCCKUMM COCTOSTHUSIMU MOJICKYIbl. B
ciyyae MK-cnieKTpockonuu MoJjeKyJia MOorJoiaer
(GOTOHBI C SHEPTrUEii, SKBUBAJICHTHOM YHEPTUU Mepe-
Xoma 3JIeKTpoHa. B ciyyae paMaHOBCKOI CHEKTPO-
CKOITMM SHEPreTUYECKUid IIepexon IIPOMCXOIUT 3a
CUET HEYIPYTroro paccesiHus CBeTa Ha MOJIEKyJax.

MK- n pamaHOBCKHE CHEKTPHI MOTYT OBITH MC-
IOJIb30BaHbI IS OLIEHKN CTEIEHU HEHACBIIIEHHO-
ctu ununoB (Hosokawa et al., 2014) u qis aHaimsa
YIIOPSIIOYEHHOCTU 1M KOH(MOPMAIMOHHBIX COCTOSI-
Hu tmnuaHbeIxX cTpykTyp (Da Silva, Rousseau, 2008).
Kpome Toro, 3t MeTonnl IBISTIOTCS 3(PDEKTUBHBIM
UHCTPYMEHTOM M1 in Situ W in vivo UCCIEI0BaHUMA
¢a3oBBIX TIEPEXOIOB JUMUAOB B KieTKax (Sieme et al.,
2015) u gaxe MOTyT ObITh MPUMEHEHBI JJIST UCCIIeO-
BaHUit oTneabHbIX KieTok (Hale, Querry, 1973; Arav
et al., 1996; Sassi et al., 2015; Okotrub et al., 2017).
IIpyyem pamaHOBCKass MUKPOCKOITHSI MOXET OBITh
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POJIb JIUITMAHBIX TPAHYJI B PABBUTH OOLIUTOB

peanm3oBaHa ¢ CyOMUKPOHHBIM IPOCTPAHCTBEHHBIM
paspelleHeM, CPAaBHUMBIM C pa3peliecHueM KOHPO-
KanbHOTO MUKpockormna (Okotrub et al., 2017, 2018).

KorepeHTHO€ aHTHCTOKCOBO KOMOMHAIIMOHHOE
paccessHue CARS (coherent anti-stokes Raman scat-
tering) ¥ BBIHYXKIEHHOE KOMOWHAIIMOHHOE paccesi-
Hue SRS (stimulated Raman scattering) sBIsIIOTCS
MEPeIOBLIMMA IIOAXOJAMK, OCHOBAaHHBIMU Ha HEJIN-
HEfHOM B3aHMMOJICMCTBUN MOJIEKYJ U ABYX UMITYJIbC-
HBIX JIa3epHBIX JIydell, pa3HOCTb 3HEPTuil (POTOHOB
KOTOPBIX COOTBETCTBYET SHEPIreTUIECKOM IIEJIN MEX-
Iy KoyiebaTeIbHBIMU COCTOSTHUSIMU MOJieKyibl (Evans,
Xie, 2008; Cheng, Xie, 2016). Eciu B TpaIuIIMOHHOM
METO/IE PaMaHOBCKOI CIIEKTPOCKOIMM KOMOMHAIIM-
OHHOE paccesiHUEe TIPOUCXOOUT CIIOHTAHHO, KOre-
PEHTHbIE pPaMaHOBCKHE ITOAXOIbl HCHOJb3YIOT (-
eKT CTUMYJIMPOBAHHBIX IIPOLIECCOB, UTO IIPUBOAUT K
YCUJICHUIO CHUTHAJIa IPUMEPHO Ha YeThIpE ITOpsaKa
(Muller, Schins, 2002). CinenoBatejibHO, U3MEPEHUS
CARS HamHoro aggexTuBHee, 4eM TpaauLMOHHAas
KOMOMWHAIIMOHHAs CIIeKTpockomnus. Ha mpakrtuke,
CARS 0Obu1 mpyMeHeH IS IeTaJIbHOTO aHa/Ir3a pac-
MpeaejeHus JUMIUAOB B XXKUBBIX OOLIUTAX U SMOPUO-
Hax mbiu (Bradley et al., 2016).

COCTAB 1 ®YHKLNU JTUTTHUIHDBIX
I'PAHYJI OOLIUTOB
N INTPEUMIITAHTAIIMOHHBIX SMBPMOHOB

OouuTbl B KyMYJIOC-OOLIMTHBIX KOMILJIEKcax
(KOK), a Takke KyMyJIIOCHBIE KJIETKHM COJIepXKaT J0-
cratouHo MHoro JII' (Dunning et al., 2014). [dus
OOJIBIIMHCTBA KJIETOK MJIeKonmuTatomux auametp JIT
00br4HO BapbupyeT B muamaszoHe 0.1—1.0 mxm (Fu-
jimoto, Parton, 2011; Daemen et al., 2015). Mccneno-
BaHus ¢ ucnoab3oBaHueM TEM, CARS u CLSM mno-
Kazanu, yro guameTp JII' Ha cTagum He3pebIX OO -
TOB 1Ji OOJBIIMHCTBA MCCIASOOBAaHHBIX BUIOB
MJICKOIIMTAIONINX cocTaBisieT MeHee 1 MkMm (Guraya,
1965; Aardema et al., 2011; Bradley et al., 2016), a yBe-
JIMYeHNE X pa3Mepa HabJIIoJaeTcsl BO BpeMsl co3pe-
BaHUSI OOLIMTOB M TOCJCAYIOIIETO 3MOPHOHAIBLHOIO
pa3Butus (Aardema et al., 2011). Ha cragusix Mopysiel u
0J1aCTOLIMCTHI TIOSIBJISIIOTCST 00Jiee KpyIHbIe (>1 MKM)
JIT (Bradley et al., 2016). MexaHU3M YKPYITHEHUS CY-
mectBytomumx JII' myTeM ux CIMSHUSI XOPOIIO TOKY-
MEHTHpPOBaH IJisl pa3HbIX KJieToK (Walther, Farese,
2009). Yucno JII' cHukaeTcst BO BpeMs1 SMOPHUOHAIb-
HOTO pa3BUTUS, KaK OBLIO IIOKA3aHO B 3KCIIEPUMEHTAX
in vitro Ha sMOpuoHax KPC, KyJbTUBUPOBAaHHBIX B
Pa3IMYHBIX YCJIOBUSIX IO cTaguu Omactouuctsl (Or-
donez-Leon et al., 2014). D10 0OBSICHSACTCS TEM, YTO
JIT aBISI0TCSL XpaHWINILIEM BHYTPUKIICTOYHBIX JIATIN-
JIOB B OOLIMTaX U MPEUMILIAHTALIMOHHBIX SMOPHUOHAX
(McKeegan, Sturney, 2011), 1 3T 3amachl aKTUBHO
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MOTPEOJISTIOTCS B TIEPUO, pa3BUTUSI SMOPMOHOB OJ1a-
rogapsi MOBBIILIEHHOMY JIUTOJIN3Y.

JIummael UMEIOT MoKa3aTesb IIpeIoMIIeHUs (n =
=~ 1.45), 4To BBIIIE, YeM Yy BOIHBIX pacTBopoB. He-
coBnageHue nokasareeit mpeasomaeHus JII' u uuro-
IJIa3Mbl TIPUBOAUT K WHTEHCUBHOMY pPacCESHUIO
CBeTa Ha JIUIIMAHBIX KaIUISIX, YTO AeJIaeT IUTOILIa3My
OoraTheIX JUINUIAMHU OOLIMTOB BU3yaIbHO OOJIee TEM-
HOM IpH HAOMIONEHNM B CBETOBOM MUKpocKkon. Cy-
IIECTBYET BUIOOBASI CIIELU(UUHOCTD MO KOJIUYECTBY
JIT" B ooumtax/aMOpHOHaX M XapakTepy UX pacrpene-
neHust (Dunning et al., 2014). Tak, 2J1eKTpOHHO-MUK-
POCKOITMYECKOE MCCJICIOBAHNE TMO3BOJWJIO BBISIBUTH
pasmmuug B yncie JII' B oomurax nByx OJIM3KOpPOI-
CTBEHHBIX BUIIOB MoJioporux: Bos taurus, Bos indicus n
ux ruopunos (Ordonez-Leon et al., 2014). Micnonb3o-
BaHrue NR c nmocnenyromieit ryopeclieHTHOM MUK-
POCKOIIMENM MOKa3ajio, YTO OOLMTHI CBUHBU CONEp-
Xat B 2.4 pa3a 0ospllle TMNUA0B, 4eM ooluThl KPC
(Genicot et al., 2005). KpomMe Toro, corimacHO 3ToMy
HUCCJIEAOBAHUIO, MBIIIMHBIE OOLUTHI COIepXKaT B 6.8
pa3a MEHBbIIIE JIMIIUIOB, YeM OOLIMTHI CBUHBU, U B 2.8
pa3a MeHblie, yeM oouuTsl KPC. K Bugam ¢ oorura-
MU U DMOpHMOHAMU, OOTaThIMU JTUITMIAMU, OTHOCSIT-
cs1 He TonbKo cBuHbsI, KPC m oB11a, HO M TIpeacTaBm-
TENIM OTPslia XUIIHBIX, HAIIpMMEpP, KOIIKa U codaka
(Guraya, 1965; Reynaud et al., 2006; Martins et al.,
2009; Apparicio et al., 2012; Amstislavsky et al.,
2012). OouunTsl 1 NpeUMILUIAHTALIMOHHBIE SMOPUOHBI
9TUX BUIOB BBITJISIAST TEMHBIMU I10]T CBETOBBIM MUK~
POCKOITOM m3-3a paccessHust cBeta Ha JII' (Ams-
tislavsky et al., 2019).

Paszmranoe amciao JII' o0bsICHSIET pa3HULLY B TIPO-
3pavYHOCTU OOILIMTOB, JaxKe TeX, KOTOPbie ObLIA CO-
O6paHbl U3 ogHoro simyHuka (Dunning et al., 2014).
Eciu oonutsl Kakoro-iam6o BUaa MJACKOTUTAIOIIETO
conmepxar MeHbie JII', yeM mjisi HUX XapakKTepHO B
HOpMe, TO I10J] CBETOBBIM MUKPOCKOIIOM OHU BBITJISI-
T Oosiee “CBETIIBIMM, 9TO B CBOIO OUepeIh MOXKET
CBUICTEILCTBOBATh 00 MX JeTrpamallii 1 HU3KOM Ka-
yecTBe (puc. 1). DTa 3aKOHOMEPHOCTh OblLiIa MPOJIE-
MOHCTpPUpOBaHa Ha ooluTax cobaku (Durrant et al.,
1998), oomurax KPC (Nagano et al., 2006; Jeong
et al., 2009), a Takke B HAIlIMX COOCTBEHHBIX KCIIE-
pUMEHTaX Ha OOIIMTaxX JOMAaIIHe KoK, B yacTHO-
cti, Ha KPC 6n110 MOKa3aHo, 9To Oosiee “TeMHBIE”
OOLIUTHI CoAepKaT OOJIbIIIE JUITUIOB, YTO SIBISCTCS
MPU3HAKOM XOPOIIIEro MoTeHIIMajda pa3BUTHUS, B TO
BpeMsI KaK “CBETJIbIe” OOLIUTHI KOPPEIUPYIOT C TIJIO-
XUM noTeHuuajgoM pasputus (Nagano et al., 2006;
Jeong et al., 2009). B cyiiecTByIOMIMX MPAKTUYECKUX
paboTax ¢ oo TaMU KOIIKH, IJISI TO3PEBaHUS in Vitro
oroupalor yumb KOK ¢ “reMHBIMM” oOLUTaMU U
OoJjiee MATU CJIOEB KyMYJIIOCHBIX KieTok (Wood,
Wildt, 1997). Kommiekchl ke co “CBETJIBIMU” OOLIM-
TaMH1 W MaJIbIM YHCJIOM CJIOEB KyMYJIIOCa OOBIYHO HE



300 BPYCEHLEB wu np.

Puc. 2. 3penblit ooLuUT noMaliHeil Komku yepes 24 4 mociie IVM. CTpeiKoii moKa3aHo IOJISIPHOE TeJlO.

OepyT ISt co3peBaHus in vitro. I1pu nmpaBUJIBHO T10-
noopaHHbIX yeiaoBusax, KOK ¢ “reMHBIMU” ooldTa-
MM J103peBaloT B TeueHne 24—48 9 ¢ BBIIEJICHUEM TTO-
JIsIpHOTO Tela (puc. 2).

Cocra JII' B oouuTax ¥ MpeuMITIaHTAallMOHHBIX
SMOpPUOHAX M3Y4eH Y TaKMX MJIEKOTUTAIOIINX, KakK
MBIIIIb, KpbICa, KPOJUK, CBUHBS, oBlIa, KPC, nomari-
HsIs KollIKa, cobaka u yenoBek (Loewenstein, Cohen,

1964; Khandoker et al., 1996, 1997; Matorras et al.,
1998; Wang et al., 1998; McEvoy et al., 2000; Kim et al.,
2001; Fujihira et al., 2004). Hanmpumep, JIT" He3penbix
oountoB KPC cocrosit u3 mpubnmauteabHo 57%
TPUALIMIITIIMLIEPUHOB, OKOJO 16% dochomunumos,
16% xonectepuna u 11% cBo6oaubix 2KK (Kim et al.,
2001). Tem He meHee, npoueHT KK ropasno Bbile
IJIST HEKOTOPBIX IPYTMX M3YyYEeHHBIX BUIOB, HAIIPH-
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Mep, Y CBUHBM OH cocTaBiisteT 34.7% (Fujihira et al.,
2004). DT0 MOXKET OBITh OOBSICHEHO BUIOBOM CIICLIN-
(GUYHOCTBIO, OJJHAKO BO BCEX CIIydasiX TPUALMJITIN-
LIepHUH SIBJISIETCS IMOO OCHOBHBIM KOMITOHEHTOM JIT'
B OOLIMTAax, JIJMOO OMHMUM M3 Hambosiee pacrpocTpa-
HeHHBIX Hapsany co cBoobomHbiMu 2KK (Fujihira et al.,
2004). TpuaumiarmunepuH SIBIISIETCS TJIaBHOI (op-
MO HAaKOIUIEHUS HEUTpaIbHBIX TMINUIOB BHYyTpU JIT'
(Welte, Gould, 2017).

KK urpaior BaxXHyIO0 pojb B MPOLECCE Pa3BUTHS
OOLIMTOB U TMPEUMMILIAHTAIMOHHBIX 3MOPHOHOB
(McKeegan, Sturmey, 2011). B pabore Dunning et al.
(2014) mpoanamm3upoBaHo aBeHanarh KK, BcTtpeua-
IOIIIMXCS B OOLIMTAX MJICKOIIMTAIONINX; M3 HUX OJIEH-
HOBasl, MaJIbMUTUHOBAsI, CTeApMHOBAsI 1 apaxXyuI0HO-
Bas SIBJISIIOTCS HaMOoOJiee pacIpOCTPaHEHHBIMMU.
ITpoduns KK B oornmrax ob61amaeT BbICOKOW BUIO-
crieupuyHOCThIO. Hanmpumep, ObLIO MOKa3aHO, UTO
B OJTHOKJIETOUHBIX 3MOpHroHax KpbIc (Khandoker et al.,
1997), Takxe, Kak B oonutax KpoiaukoB (Khandoker
et al., 1996) u oserr (McEvoy et al., 2000), mpeo6a-
Jalolleit IBiseTcs ojiemHoBas Kuciora. I[laapbMuTu-
HOBOI1 KHCJIOTHI MEHbIIIE BCEr0 B OOLIMTaX MbIlIei
(Wang et al., 1998) u xpric (Khandoker et al., 1997), a
oogbire Bcero B oountax KPC u cBunbu (McEvoy
et al., 2000). CteapuHOBasi KUCJIOTA SIBJISIETCS Hal-
0oJiee paclpoCTpaHEeHHOM B 0OOILIMTAaX uyenoBeka (Ma-
torras et al., 1998), a apaxumoHoBasi KHCJIOTa — B
oouutax Mbimu (Wang et al., 1998). OouuTsl nepe-
YMCJIEHHBIX BUIOB O0eqHbI TakuMu 2KK, Kak MUpHCTH-
HoBas — y oBell (McEvoy et al., 2000), creapuHoBasi —
y kpomvka (Khandoker et al., 1996), nuHoneHoBast — y
KPC (McEvoy et al., 2000), ceunbsu (McEvoy et al.,
2000) 1 yenoBeka (Matorras et al., 1998).

OneuHoBasl, TaJIbMUTUHOBAsE U CcTeapuHOBas
KMCJIOTBI SIBIISIFOTCSI TpeMsI HauboJjiee pacIipocTpa-
HeHHbIMU KK B He3pesbIx oolluTax CBUHEN, OBEIl U
KPC (McEvoy et al., 2000). Tem He MeHee, B ucclie-
nmoBanum Kim et al. (2001) 6b110 ITOKa3aHO, YTO COOT-
HouieHue pasnuuyHbix KK oTnuyaercst B oolurax
pa3HOro KayecTBa: oJIieMHOBasi KUCJI0Ta Oblia Haubo-
Jiee pacIrpoCTpaHEHHOI B OOILIMTaX BHICOKOTO Kade-
CTBa, TOTNAa KakK CTeapuHOBas OblJla HamboJiee pac-
MPOCTPaHEHHON B oolMTax HU3KOro kadectsa (Kim
et al., 2001). bonee Toro, TMIMMAHBIN COCTAB OOLIUTOB
MOXET CYIIIECTBEHHO 3aBUCETb OT BpeMeHHU roaa u
IpyTux ¢akTopoB. bbL1o MoKazaHo, YTO JIETOM OOLIM -
ol KPC conepxart hochounumbl, COCTOSIINE TPU-
MepHo u3 80% wHacwieHHbIx KK, B To BpemMs Kak
3UMOI 3Ta oISt cocTaBiisieT Bcero 40% (Zeron et al.,
2001). M3MeHeHUsT yCIOBUII CO3peBaHUS in Vitro
(IVM) Takske MOTYT OKa3bIBaTh BIMSIHME HA COOCP-
xanue JII' B oontutax. Tak, B paboTe Ha CBUHBbSIX ObI-
JIO IPOAEMOHCTPUPOBAHO yBeaudyeHue uucia JII' B
OOLIMTaxX U TIOBBILIEHUE WX KadyecTBa Mpu nobasie-
HUU B cpeny s co3peBaHus in vitro (IVM) domnm-
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KYJIIPHOM XKMIKOCTUA MPEIMyOepTaTHBIX CBUHEH, KO-
topas 6orara 2KK (Pawlak et al., 2018). YBenuuenue
yucia JIT' B kJieTkax KyMyJlloca MOXHO HaOI0naTh
npu IVM KOK wMmbileit, eciau B cpeay 100aBUTh BOI -
HBI BKCTPAKT CEMSIH YKPOIIa, ITPU 3TOM Ka4eCTBO CO-
3peBaHUs OOLIUTOB OydeT cHmKatbes (Monsefi et al.,
2018). JlanHsbrit 3pheKT MOXKET OBITh CBSI3aH CO CHU-
KEHUEM b-OKUCIIEHUs] TUMUIOB B MUTOXOHAPUSIX U,
KakK CJeACTBUE, Ype3MEePHbIM HAaKOIJIEHUEM He YTU-
JusupyeMoro cyoctpara B JIT' (Monsefi et al., 2018).
B paboTe Ha MbIlIax OBIJIO MOKa3aHo, YTO AUeTa, 00-
raTtasi JUTIUAAMM, TAKKe MOXET IIPUBOAUTH K HAKOTI-
nenwuto JII' B KJieTKax KyMyJIioca, HO B CAMUX OOLIMTAX
n3MeHThea HedHaunTeabpHo (Liet al., 2018). OgHako
B pabote Ma et al. (2012) 6110 TTOKa3aHO, YTO HACHI-
IIeHHAasl JUIMUAAMU [ueTa MPUBOAUT HE TOJIbKO K
YBEJIMYEHUIO Beca Teja U UBMEHEHMIO OUOXMMUYE-
CKMX MoKasarejieli KpOBU CaMOK-IOHOPOB 3MOpPUO-
HOB, HO, CaMoe IVIaBHOE, K ITOBBILICHUIO COAepKa-
HUS JIUITUAOB B IIPEUMILIAHTALIMOHHBIX SMOPUOHAX,
MOJIyYEHHBIX OT TaKWUX Mbliei. [ToMuMo MbIllIeid,
rpynmoii AMupa Apasa ObLJIO TTPOJIEMOHCTPUPOBAHO
BJIMSTHUE AVEThI C TMOBBILIEHHBIM COIEepPXaHUEeM T10-
JIMHEHACHIIIEHHBIX KUPHBIX KUCIOT HA KAaYyeCTBEH-
HBI COCTaB JIMIIMIOOB B ooluTax oBell (Zeron et al.,
2002).

JIT" cBsI3aHBI ¢ IPYTrMMU KJIETOYHBIMU CTPYKTypa-
MU, yYacCTBYIOIIMMU B MeTabonusme. Hanbonee ya-
CTO yIIOMMHaeTCsl coBMecTHasi jokanuzauus JII' ¢
MUTOXOHAPUSIMU M DHIOMIA3MAaTUUYECKUM PETUKY-
aymoMm (Fleming, Saacke, 1972; Kruip et al., 1983;
Sturmey et al., 2006, 2009; Thiam et al., 2013; Prates
et al., 2014; Welte, Gould, 2017). Pannue ucciemona-
HUSI, OCHOBAaHHEBIC Ha JaHHBIX CBETOBOM U 3JICKTPOH-
HOM MHUKPOCKOIIMM, II0KAa3aJii TECHYIO IIPOCTpaH-
CTBEHHYIO CBSI3b MEXIY 9HIOIIa3MaTUYECKIUM PETH-
KyJiymoM, mutoxoHapusmu u JIT' B oomurax KPC
(Fleming, Saacke, 1972; Kruip et al., 1983). OcHOBBI-
Basich Ha 3TUX HabmoaeHusx, Kruip et al. (1983)
MPEANOAOXKUIN  (PYHKIMOHAIBHYIO B3aMMOCBSI3b
MEXIy 3TUMU TpeMsl 3JeMeHTaMHu, U Ha3Bajlu 3TU
KJlacTepbl “MeTabOINYEeCKUMU eOAUHULIAMU”, KOTO-
pbie, TI0 MHEHMIO 3TUX aBTOPOB, aKTUBHBI HA HEKO-
TOPBIX CTamusIx (pOJIMKYJIOTeHe3a/00reHes3a, a 3aTeM
pacnanatorcst (Kruip et al., 1983). UccnenoBatenu
MIPEAIIOI0XKWIN, YTO TeCHast cBsI3b Mexny JII', aHmo-
IUIa3MaTUYECKUM PETUKYJIYMOM U MUTOXOHIPUSIMU
CITIOCOOCTBYET KJIETOUHOMY MeTaboau3my. B mocien-
Hee BpeMsI 9TU KJIaCCUYECKHE TIPEICTaBIeHUs ObLIN
MOATBEPKIAEHBI MHWKPOCKOIIMYECKUM AaHaJIM30M C
HWCIOJb30BAHMEM COBPEMEHHBIX METOHOB KOH(O-
KaJIbHOM MMKpOCKONMHU. Tak, IMpyu MOMOIIM METOJa
FRET Obu1a moka3aHa TeCHasl CBSI3b MEXIYy MUTO-
xoHapusmu u JIT' B ooniutax cBUHBM (Sturmey et al.,
2006). MccnegoBaTeny mokasalii, UTO PacCTOSIHUE
Mexxay MutoxoHapusMu u JIT' B ooliutax CBUHBY Ha-



302

XOIUTCI B nuana3zoHe 6—10 HM, 4TO 5KBUBAJICHTHO
TOJIIIHE KJIETOYHOI MeMOpaHbl. DTU TaHHBIC YKa3bl-
BalOT Ha TO, 4TO Oosblnoe KoaudectBo JII' oonmToB
CBSI3aHO C MUTOXOHIPUSIMU, U YTO “MeTabOoIMYecKIe
€IUHULIBI”  SIBJISIIOTCSI J1OCTaTOYHO CTaOMJIbHBIMU
koMIuiekcamu (Sturmey et al., 2006). CoBMecTHasI J10-
kaymzauus JII' 1 MuToxoHOpuii B 0OIUTaX CBUHBU
ObL1a mpoaeMOHCTprpoBaHa ¢ momolbio TEM (Ped-
ersen et al., 2016). DyHKIIMOHAIBHAS B3aMOCBSI3b
mexny JII' 1 MUTOXOHApUSIMU OblIa TAKXKE MOATBEP-
XaeHa Tpu u3ydeHuu oouutoB cBuHBU (He et al.,
2018). MccnemoBaTenn moka3aan yBEIUIECHUE pa3Me-
pa JII' B oonmuTax CBUHBM IIpU H00ABICHUU MeJaTo-
HMHa B cpeny 111 IVM, 4To, o Bceii BUIMMOCTHU,, ObLIO
CBSI3aHO CO CHIDKEHMEM aKTMBHOCTU MUTOXOHAPUIA U,
KaK CJIeACTBUE, YMEHbIICHUEM ITOTPEOJICHUSI SHEpre-
tryeckoro cyocrpara u3 JII' (He et al., 2018).

IIpocTpaHcTBeHHOe pacnpeneneHue JII' B uurTo-
IUIa3Me OTJIMYAETCSI Y HEe3PEeJIbIX 1 3PEJIbIX OOLIMTOB.
Cy1iecTBYIOT JaHHBIE O BBIPaXK€HHBIX BUIOBBIX OCO-
OEHHOCTAX B CTpyKType pacmpeneiaeHus JII' (Dun-
ning et al., 2014). B oonutax cBuHeii JIT" pacmionoxe-
Hbl B OCHOBHOM Ha Tiepudepuu, 4To 0COOCHHO 3a-
MeTHO nociie IVM (Sturmey et al., 2006), B To Bpemst
Kak B He3peabix oounTax Mbimm JII' pacripeneneHbl
o muToruradMe paBHoMepHo (Dunning et al., 2014).
B xonme co3peBaHusI B OOIIMTAX MBIIIEH IIPOUCXOIUT
MpocTpaHCTBeHHas1 peopranuzanys JII' ¢ TeHaeHmei
K LIEHTpaJIbHOMY arpeTMpoOBaHMIO BO BpeMsl CO3peBa-
Hust (Wood et al., 2008; Dunning et al., 2014). Ha
oonuTax cobaku mpu nomoinu okpammBaHus NR ¢
nocjenyloiieii  (IyopeceHTHON MUKPOCKOITHEN
TakKe OBUIO IOKAa3aHO pa3IMY4HOE pacrpeaesicHue
JIT" B uuTOI1Ia3Me B 3aBUCUMOCTHU OT CTaIUU UX CO-
3peBanug (Ariu et al., 2016).

B Hacrosiiiee BpeMst UMEIOTCSI OrpaHUYeHHbBIE 3HA-
HUSI O CBSI3U MEXKIY METabO0JIM3MOM JIUTTHIOB BO BpeMsI
JIO3peBaHUSI OOLIMTOB UM TOCJENYIOIIUM Pa3BUTHUEM
5MOproHOB. CyllIeCTBYIOT TaHHbIE, CBUIETENBCTBYIO-
IIMEe O TOM, YTO METabOJU3M JIMIIUAOB, B Pe3yjbTare
oeta-okucienuss B KOK mepen oruiogoTBopeHUeM,
BJIUSICT Ha TMOCJICAYIONINIA TIOTEHIIUAJ Pa3BUTHUSI OOLIU-
ToB (McKeegan, Sturmey, 2011). CienyeT OTMETUTB,
qyT0, Mo KpaitHeit mepe, y KPC xonmmaectso JIT' cHmka-
€TCsl Ha CTaJiuM OJIACTOLIMCTHI 10 CPaBHEHMIO C OOLIU-
toM (Ordonez-Leon et al., 2014). 3To0 MOXHO OOBSIC-
HUTh MOOOYHBIM 3(h(HEKTOM aKTUBHOTO JIUIIOIN3A,
00ecIeynBalolero HEPTUIo I SMOPUOHAIBHOTO
pasButusd. Ha mapreHoreHeTU4eCKMX MpeuMILIaHTa-
LIMOHHBIX PMOPHOHAX CBUHEN ObLIIO TIPOJAEMOHCTPU-
poBaHO akTMBHOEe ydactue reHa SCDI B oOpa3oBa-
Huu JII' u paszButum sm0puoHoB B 1iesioM (Lee et al.,
2018). UHrubupyst gaHHBI T'eH, UCClIefoBaTe I Ha-
Omonanu cHKeHue obpazoBanus JII' B mapTreHore-
HETUYECKMX 3MOpHMOHAX CBUHEN, a JoOaBjieHUE B
cpeny Ui KyJIbTUBMPOBAHUSI OJIEMHOBOM KMCIIOTHI

BPYCEHLEB wu np.

(100 uM) HeliTpanu3o0Bal0 HeOGIArONPUATHEIE (-
¢exTel nHrnouTopa SCD1 n npuBoAWIO K 3HAYM-
TEJIbHOMY YBEJIMYEHUIO CKOPOCTHU 0Opa3oBaHUsI OJa-
crouuct, pa3Mmepa u uyuciaa JIT' (Lee et al., 2018).

Takum ob6pazoM, B OTIMYME OT TPAAUIIMOHHOM
KOHIIETILIUY O TOM, UTO JIMITUIHBIE TPAHYJIbI SIBJISIOT-
Cs1 JIUIIb XpaHWJIMIIIEM 9HEePTeTUYECKOro cyocTpara B
KJIETKaX, COBpeMEHHbIE JaHHbIE CYIIIECTBEHHO U3Me-
HUJM OpeAcTaBieHUs 0 (YHKIUUSIX 3TUX aKTUBHBIX
BHYTPUKJIETOUHBIX CTPYKTYp. MexXay TeM, 3HaHUSI O
poau JIT' B KjieTKax MJIEKOMUTAIONIUX JaJeKU OT 3a-
BEplLIEHHOCTU. Pa3BUTHE COBPEMEHHBIX METONOB
MUKPOCKOIIUU U CIEKTPOCKOMUU, TTPEACTaBISHHBIX
B IaHHOM 0030pe, MO3BOJUT WUHTEHCU(DUILIMPOBATH
WCCJIEOBAaHUS B TAaHHOI 00JIaCTU U BHECTH SICHOCTh
B MOHMMaHUeE O CTPpyKType U pyHkumsx JIT' B pazBu-
TUW OOLIMTOB U DMOPHOHOB MJIEKOTUTAIOIIMX.

Pabora BbhimosHeHa 1nipu noagepxkke PODOU
Ne 19-016-00025 u 61013keTHOTO TipoekTa Ullul' CO
PAH Ne 0324-2019-0041.
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The Role of Lipid Droplets for the Development of Oocytes
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Lipids are among the most common and important cell components. In particular, cytoplasmic lipid droplets
(LDs) play a crucial role in cellular energy metabolism. The main emphasizes of this review are made on the
modern approaches to study intracellular lipids, their composition and the role of LDs in the oocyte matura-
tion and the early embryonic development. Recent studies show that LDs in oocytes and embryos functioning
not only as storage of the energy substrate, but may be considered as active intracellular structures that per-

form many other functions.
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