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B sykapunoTnyeckux KjeTkKax 4acTh MaKpOMOJIEKYJI OpraHM30BaHa B BUuie 6€3MeMOpaHHBIX OMOMOJIEKYJISIPHBIX
KOHJIEHCATOB, B 00pa30BaHUU KOTOPBIX BEAYIIYIO POJIb UTPAIOT MPOLiecChl (ha30BbIX NEPEXOAO0B TUTIA “KUIKOCTb—
KUAKOCTh” M “XKMIKOCTb—TBepaoe Tesio”. K mogoOHbIM KOHIeHCaTaM OTHOCSIT Takske yHuKaibHble PHIT-rpany-
JIbI, XapaKTepHBbIE /151 KIETOK 3apOIbIIIIEBOM JTMHUU U O0beIUHsIEMbIE IO OOIIIMM TEPMUHOM 3apObIIIeBbIe rpa-
Hynbl (31). Lenb naHHOTO 0630pa — 000OIIUTH MOCIeAHUE JaHHbBIe 0 cocTaBe 31 1 ux npenmnonaraeMbiX GyHKIIM-
sx. [TokazaHo, 4yTo 3I' MpMHUMAIOT yyacTue B ONpeaeeHUN KJIETOK 3apObIIIEBOrO MyTH Y HEKOTOPBIX KUBOT-
HBIX, a TakXe BOBJIEYEHBbI B MPOLIECCHl MHAKTUMBALIMM TPAaHCMO30HOB U cekBecTpauuu MPHK u GenkoB mist

BPEMEHHOT'O CHM2KCHUSA NX aKTUBHOCTH.

Karoueesnte caosa: oorenes, smopuoreHes, nuage, 6eamedpaHHbIe OMOMOJIEKYISIPHbIE KOHIEHCAThI, 3aPOIbIIIEeBbIE
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M3BecTHO, UTO B 2yKapUOTHMYECKUX KJIETKax Cyllle-
CTBYeT HECKOJIbKO (hOpM KOMMapTMEHTaIu3aluu MaK-
pomornekys. OnHoil u3 ¢GopM SBIsIETCS OpraHu3aius
MaKpOMOJIEKYJI B BUJE€ OUMOJIEKYISIPHbIX KOHAEHCATOB.
KoHneHcaTbl — 3T0 0e3MeMOpaHHbIE KOMIAapTMEHTHI,
KOTOpble 00pa3yloTcsl MpU BBICOKON KOHLEHTpaluu
O€JIKOB 1 HYKJIEMHOBBIX KMCJIOT. Pelnaroliryo posib B 00-
pa30BaHUM KOHJIEHCATOB WUTIPaloT Mpoliecchl Ga3oBoro
nepexona (Han et al., 2012; Weber, Brangwynne, 2012;
Hondele et al., 2019). Cpeau Takux OMMOJIEKYISIPHbBIX
KOHJEHCATOB B KJIETKAX 3apOIbIIIEBO TMHUU BbIIEJIS -
10T yHuKaibHble PHII-rpanynbl, yacto o60o3HauyaeMble
O0ILIIMM TePMUHOM 3apojbiiieBbie TpaHysbl (31) wiu
germ (germinal) granules (germ cell granules), mepBoe
orMcaHue KoTopheix Ob110 caenano V.M. MedHUKOBBIM
(Anderson, Kedersha, 2006). Ilox neiictBueM obGpaTu-
MBIX TOJIMBAJIEHTHBIX B3aUMOAEUCTBUI n1ddhy3HO pac-
npeaejaeHHble KOMIIOHEHTHI 3" MOTryT arperupoBarth B

Ilpunameote coxpawmenusn: 3I' — 3aponpliieBble TpaHyabl; 3I1 — 3a-
ponbiiieBast miasma; MI — meradasza [; U-maPHK — Gorateie
ypunuHoM Mainble simepHble PHK; TIIIK — nepBuYHbIe MOJIOBBIE
kietku; Th—reno bansouanu; endo-siPHK — sHnoreHHbIe Masbie
uHtepdepupylomue PHK; IDR — BHyTpeHHe HeyIopsitouyeHHbIe
obnactu; GFP — 3enensrit hamyopecueHTHbI 6eok; GHL — xenu-
Ka3za 3apoasbiiueBoii 1uHum; grPB — grP-tenbua; GV — 3aponbiiie-
Bblii 1y3bIpek; IncPHK — minnnast nekonupyromast PHK; LINE —
JUIMHHBIE AucrieprupoBaHHbie ToBTOpbl; METRO — 1ieHTp TpaHCc-
MopTa CUrHajJbHbIX MoJieKysl; MHV — MbliuuHbIi romosior Vasa;
miRNA — mukpoPHK; piRNA — B3auMomeiicTBytollasi ¢ 6eIKamMu
cemeiicta PIWI PHK; PLD — npuonorono6nsiit nomeH; SCMC —
MaTepUHCKMII CYyOKOPTUKAJIbHBINA KOoMILIeKC oonuTa; SMN — Ge-
JIOK BBIXKMBAHUSI MOTOHEHPOHOB.

851

KUJIKWE KaIIi WM oO0pa30BbIBaTh TaK Ha3bIBacMbIe
“rBepmpiec” Tema. Peanm3anus IOMOOHBIX NEPEXOI0B
BO3MOXHa Oyarogapst Haimmuuio B 31" 6eJ1KoB, comepka-
X OOJIbIIME BHYTPEHHE HEYNOPsSAOYEHHBIE 00J1acTU
(intrinsically disordered region, IDR). Biarogapst atomy
Opy OIpEOeIeHHBIX (PU3UKO-XUMUYECKUX YCIOBUSX
CTAaHOBUTCSI BO3BMOXHBIM pasjelieHue a3 “>XKuaKoCTb—
KUIKOCTh” WX “XKMIOKOCTh—TBEPAOE Teo”, Tae “TBep-
o€ TeJI0” 3TO BSI3KOYNPYIMHA MaKpOMOJIEKYIISIPHBINA
MNPEUMITUTAT, KOTOPHIM COCTOUT U3 OeJIKa, BHIIABIIETO B
ocagok (Han et al., 2012). Hecmotpst Ha 60bIIoe KOJIK-
YeCTBO JTaHHBIX, MOKA ellle He c(hOPMUPOBAHO €IUHOTO
MIpeacTaBJICHUsSI 0 HOMEHKJIaType, cocTaBe U (PYHKIIMSIX
3I. DTo co3maeT 3HAUMUTENbHbBIC 3aTPYIHEHUS KaK IMpU
OIMCAaHUM M MHTEPIpPETAlMU Pe3yIbTaTOB HUCCIeA0Ba-
HUIi, TaK ¥ TIpYM KOMMYHUKALIMUA MEXIY pa3INIHbIMU UC-
cllegoBaTeIbcKuMu rpymmnamu. Llens maHHoro o63opa —
0000IINTE TOCIeAHNE JaHHbBIe 0 cocTaBe 31" m nx npen-
noJjlaraeMbIX (PyHKIIMSIX.

NHAYKTUBHAA 1 HACJIIEACTBEHHASA
CIHELHNOPHUKALINA [TOJTOBbLIX KIIETOK

Kitetku, hopMupymolye 3apoableByIO IUHUIO, OT-
JINYAIOTCS OT COMATUYECKUX PSIAOM CIelnupUIeCcKnX
(GYHKLMOHAJIBLHBIX 0coOeHHOCTel (Aguero et al., 2017).
B Hux GiokupoBaHbI npolecchl TudGepeHIUPOBKA B
coMaTUYeCKUe KJICTKU, HO COXpaHSIeTCS MOTSHLIMAT K
GOPMUPOBAHUIO TOTUITOTEHTHOM 3UTOThI IOCJIE OIUIO-
JoTBOpeHus. MIX ocHOBHOM (pyHKIME aBisieTcst hop-
MUpPOBaHUeE IMyJia IIepBUUHBIX M0I0BbIX KieToK (ITI1K) B
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dopmupytotieiicsa roHame. CyliecTByeT IBa OCHOBHBIX
MeXxaHu3Ma (PpOpMHUpPOBAHUS IIyjJa IIOJIOBBIX KJIETOK.
IlepBbIii 3aKiI04aeTCss B HAaCJIeOBAaHUM MAaTEPUHCKUX
¢akTOpoB B BUJI€ HAKAIJIMBAIOIIIETOCSI B OOLIUTAaX Crie-
upuIecKoro MaTepraia, Ha3pbIBaeMOTO 3aPOIbIIIEBOIM
wiazmoit (3IT). DToT Matepuan ¢GopMUpPYET TpaHYJIbI,
HaspiBaeMble 31, unm nuage (pp. 061aKo), B ciydyae Ie-
puHyKJeapHoii Jokaym3anuu (Reunov, 2006). Ciaenyer
OTMETUTH, YTO TEPMUH NUAge B HACTOSIIEE BPeMS UC-
MOJIb3YeTCSI 3HAYUTENILHO peXe, B CBSI3U C TEM UTO OH,
KaK 0Kas3ajoCch, OOBEOIMHSIET IOCTATOYHO IIWPOKUIA
criekTp pasnmmuHbix 3I. KieTku, KOoTopble HacjeayloT
3I', B xoHegyHoM mutore mpeBpamaiorcsa B [1I1K. Dot
MEXaHM3M XapaKTepeH ISl HAaCeKOMBIX, TaKUX Kak Dro-
sophila (Mahowald, 2001), HeKOTOpPbIX MO3BOHOYHBIX,
Takux Kak Danio u Xenopus (Kloc et al., 2001; Bontems et al.,
2009). Btopoii MexaHu3M clienuuKaliu Ha3bIBACTCS
MHAYKTUBHEIM. OH OCHOBaH Ha TOM, YTO OyaylIue I10-
JIOBBIE KJIETKH ONPEACISIOTCS He TeTTOHUPOBAHHBIM Ma-
TEPUHCKUM MaTepuaioM, a CUTHAJIbHOW MHAYKLIUEN OT
OKPYKaIOIINX KJIETOK BO BpeMsl SMOPMOHAJILHOIO pa3-
BUTUSL. UHIYKTUBHBIN MEXaHU3M IIPUCYII BCEM MJICKO-
MUTAIOIIMM, B TOM 4Hciie MBI U yenoBeKy (De Felici,
2016; Kumar, DeFalco, 2017).

PABHOOBPA3UE I'PAHYJI PHIT B KIIETKAX
3APOIABIINEBON JIMHNUN

Croococmu kaaccugpurxayuu 310

3I' oueHb IMHAMWYHBI BO BpeMsI pa3BUTHSI 3apOIbI-
HIeBO¥ JMHUU U YaCTO U3MEHSIOT CBOI pa3Mep, Mopdo-
JIOTHIO U CBSI3b C IPYIrMMHU opraHeuiamMu. DyHKIMM 3a-
POIBIIIEBBIX TPAHYJI MOTYT Pa3/IMYaThCs Y Pa3HBIX BUIOB
M MEHSITBCSI Ha pa3HbIX 3Tarnax rameroreHesa. Iloatomy
CXOXHUE CTPYKTYpPbl HEOIHOKpPATHO OBLIM OIMCAHbI Yy
pa3IUYHBIX XKWBOTHBIX IIOd pa3HBIMA Ha3BaHUSIMU
(Tab. 1).

Ceituac, 6aromapst ooHapyxxeHuio B 3" pasHbIX TH-
noB mupokoro cnekrpa PHK u 6enkoB (Kloc et al.,
2001; Mahowald, 2001; Seydoux, Schedl, 2001), onpene-
JIEHBI HAOOPBI MOJIEKYJISPHBIX MApPKEPOB, KOTOPbIE 103~
BOJISIIOT yCIEITHO T depeHIIMPOBaTh BCE 3TU CTPYKTY-
pbl (Taba. 2). OgHako, PHK u 6enku B coctaBe 3I'
(YHKIMOHUPYIOT Pa3IUnYHBIM 00pa3oM B 3aBUCUMOCTD
OT CTaJAWU Pa3BUTHUS TTOJOBBIX KJIETOK: JIMOO TpaHCIISI-
LUOHHO PEIPECCUPYIOTCSI OO OIUIONOTBOPEHUS, OO
Inddy3HO pacrpenensiroTes 1o LIUTOoIUIa3Me.

P-epanynet 6 C. elegans

3I'y C. elegans 6b111 CTOPUYECKU Ha3BaHbl P-rpa-
HyJJAMUA B COOTBETCTBUU C Ha3BaHUEM JIMHUU SMOPUO-
HaJIbHBIX KJIETOK, B KOTOPOM OHM OBUIM OOHApPYKEHBI
(Strome, Wood, 1982). P-rpaHyJibl TOKaJIN3YIOTCSI BOJIU -
31 SIIEPHOM MeMOpaHbI B TeUeHUE OOJIbIIEH YacTH pas-
BUTMS TTOJIOBBIX KJIETOK; OTHAKO IIPU CO3PEBAHUM OOLIM -
TOB OHM pacOpedessilioTcsl IO Bceil LMToILIa3zMe
(Strome, Wood, 1982). ¥ HenaBHO OILJIOAOTBOPEHHBIX
5MOpPUOHOB P-rpaHysibl KOHILIEHTPUPYIOTCS Ha BereTa-
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TUBHOM MOJIIOCE, CO3/1aBasi aACUMMETPUIO, U TIOCJIE JIeJie-
HUS KJIETKU HacJIeAYIOTCST 0J1acCTOMEpPOM, KOTOPBIi cTa-
HeT ponoHavasbHUKoM IITTK. B IIIIK rpanHynsl octa-
IOTCS paclipelieIeHHbIMU T10 BCeil LIMTOIUIa3Me, MoKa
3MOPUOH HE JOCTUTHET CTaIUU BOCbMM KJIETOK, KOTAA
OHU TIOBTOPHO JIOKAJIU3YIOTCS PSIAOM C SIIEPHOU MeM-
OpaHoii. Bce P-rpaHysbl mpoaoKaloT aCUMMETPUYHO
CerpermpoBaThCsl B OMHOM OjiacTomMepe, o Mepe Apo0o-
JIeHUsI SMOPUOHOB.

bbuin pazpaboTaHbl MOAPOOHBIE KacKaibl hOPMUPO-
BaHUS TpeX OCHOBHBIX oceit Tena C. elegans B xone cepuu
aCUMMETPUYHBIX JeJleHUii 9MOPUOHOB, C MUCIIOJb30Ba-
HueM P-rpanyn B kauyectBe MapkepoB (Gonczy, Rose,
2005). H3BecTtHO, uTO P-rpaHynbl HaxomsTcs BOIU3U
MUTOXOHJApUidi. OIHAKO, HEMOCPEICTBEHHO B COCTaBE
3I"' MUTOXOHIPUU, MUKPOTPYOOUKH U LIEHTPUOJIU BbISIB-
JISIFOTCSl PEIKO U CYUTAETCS, YTO OTU LUTOIJIa3MaThye-
CKHMe KOMITOHEHTHBI monanamT B coctaB 31 cirydaifHo, B
nporecce GopMUPOBAHUS TPAHYJIbI WU MIPU UX CIIUSI-
Huu (Pitt et al., 2000; Schisa et al., 2001).

Ha cerogHsiiiHuii 1eHb U3BECTHBI HEKOTOPBIC OEJIKU
n PHK, cogepxamuecs B P-rpanynax. OoHuMu U3 11ep-
BBIX WICHTU(PUIIMPOBAHHBIX OCJIKOB ObUIM 4 Tapayiora
DEAD-box PHK-renukassl Vasa, KoTopble Ha3bIBalOTCSI
XenMKazaMu 3aponbiieBoil TuHUM (germ line helicases,
GLH): GLH-1, GLH-2, GLH-3 1 GLH-4 (Kuznicki et al.,
2000). Kak 1 y MyieKkonuTramux (HalipuMep, B ciaydae
MBIIIIMHOTO ToMoJiora Vasa — mouse Vasa homology,
MVH), 6orarsie rmuiimaom nomeHsl GLH C. elegans co-
CTOST U3 (heHWIATaHUH-TIMIUHOBBIX NoBTOpoB FGG
BMECTO apruHUH-DJIMLIMHOBBIX MOBTOpoB RGG, oOHapy-
KEHHBIX B 0OJBIIMHCTBE opTosioroB Vasa. RGG-momeH,
HaIpoTUB, OOHAPYKEH B CrielI(UUESCKOM ISl 3apOAbIIiie-
Boit uHuM 6enke PGL-1 (Gruidl et al., 1996; Kawasaki et
al., 1998). IToBropsl RGG npencrasisioTr coboit PHK-
cessbiBatolme nomeHsl (Kiledjian, Dreyfuss, 1992), To-
raa kak noBTopbl FGG cBs3bIBalOTCSI ¢ KOMIIOHEHTaMU
saaepHbIX mmop (Suntharalingam, Wente, 2003). PGL-1,
GLH-1, GLH-2, GLH-3 u GLH-4 yyacTByIOT B peryJisi-
LIMU TPpaHCISILUU U oOHapyXuBawTcs B P-rpaHynax Ha
Bcex cranusx kusHeHHoro 1ukia C. elegans (Gruidl et
al., 1996; Seydoux, Schedl, 2001). Bonbias yacts (75%)
SEPHBIX TIOP B KJIETKAaX 3apOAbIIIEBOI JIMHUU CBSI3aHbI
¢ P-rpanynamu (Pitt et al., 2000). BepositHo, FGG-nome-
Hbl GLH 0efKoB cnocoOCTBYIOT JOKaIM3aluu P-rpaHyn
BOJIM3U ITIOBEPXHOCTU siapa. PaHee B coctaBe P-rpaHyn 6611
oOHapyXeHHBI perpeccopsbl TpaHcsan Nanos (Subrama-
niam, Seydoux, 1999), PHK-xenukaza CGH-1 (Navarro
etal., 2001), perymsrop tpancisunu IFE-1(eIF4E) (Amiri
et al., 2001) a Takxe 6enok mnpoueccudira PHK DCP-2
(Lall et al., 2005). B coctaBe P-rpaHyJ BbISIBICHBI TAKXKE
OeKM, YydYacTBYIOIIME B Peryasluu U CHUHTE3e
miPHK/piPHK — CSR-1 u PRG-1, u 6enku cemeiicTBa
Dicer (DRH-3, DCR-1), HermocpeIcTBEHHO 3a1eiiCTBO-
BaHHbIE B 00pa3zoBaHnu miRNA (Claycomb et al., 2009).
B cnygae myranmu reHa PRG-1 ¢dopmupyerca tepmo-
YyBCTBUTEIBHBINA CTEPWIbHBINA (DEHOTUI, 00YCITOBICH-
HBI1 nedpekTamu criepMaToreHesa (Wang, Reinke, 2008).
CImmcoKk KOMIOHEHTOB P-rpaHys IpomoinKaeT pacTH.
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853

HNcropuueckoe

CoBpeMeHHOe

OpraHnusm Tun ki1etoxk Cranus pa3BuUTus Jlurepatypa
Ha3BaHUE CTPYKTYPHI | HA3BaHUE CTPYKTYPhI
C. elegans | Knetku 3aponpiiieBoit | 4 IMUMHOYHBIE cTanuu | P-rpaHysbl Nuage Strome, Wood, 1982;
JIMHUM Ha BCEX ATarax U B3pOcCiiasi 0co0b Updike, Strome, 2009
pasBUTHS
Drosophila | Tpodoumtel u ooumtel | Bee ctanum oorenesza | ['yodartele Tena 3r Wilsch-Brauninger
etal., 1997
TpodomuTer Bce cramuu ooreHesa | Nuage Nuage Mahowald, 1971
OouMThI U SMOPHOHBI Iloznnue cragum pas- | [onsipHbie rpaHysIbl 3I Mahowald, 2001
BUTUSI OOLIUTOB U paH-
HUE SMOPHOHBI
Xenopus | I1IIK u xnetkn Ha paH- | Ot [1I1K go ooronum | MuroxoHapuaneHbiii | Nuage Kloc et al., 2004a
HUX CTaIUsIX OOTeHe3a 1 ooruToB | cranuu | LIeMeHT
OoLuThI Oonuurel Ha [-Vl cta- | 3T B cocTaBe Tesnel; 3r Kloc et al., 2001, 2002
I pa3BUTHS (IO bans6omann
Dumont,1972)
TlozmHue ooumtsl U paH- | C VI ctanum pa3sutus | 3I° MeHblero pasmepa | 310 Czolowska, 1969;
HUE SMOPHOHbBI ooumToB (1Mo Dumont, | B cocTaBe “OCTpPOBKOB Kloc et al., 2001
1972) no 8 xiierou- 3apOMBILLIEBOI
HOro sMOpHoHa ia3mbl”
Kitetku sMOproHOB C 8 kj1eroyHoro 3I" o6pruHOrO pasmepa | 3T Kloc et al., 2002
sMOpHoHA 10 (POPMHU- | B COCTABE “OCTPOBKOB
poBanwms [TITK 3apOIbIIIEBOM
T1a3Mbl”
Menie OOroHNM 1 OOLUTHI Pannwe stansi oore- | Nuage Nuage Pepling et al., 2007
MEePBUYHBIX (POJUTUKY- |Hes3a
JIOB
CriepMaToLMThI PanHue stanbl criep- | XpoMaToraHoe TeJIo Nuage/Xpomartoua- | Kotaja et al., 2006
MaroreHesa HOE TeJo
Yenosek | OoroHuu Pannue stansl oore- | Nuage Nuage Hertig, 1968
He3a
Cnepmarouurtsl, criep- | Panaue stamsl ciep- | XpomaronmHoe Teiio | Nuage Kotaja et al., 2006
MaTHIbI MaToreHesa
LHUTOJIOTUA  Tom 62  Ne 12 2020
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Tabaumna 2. MonekynsipHbiii coctaB 31" y pa3HbIX BUTOB XKMBOTHBIX
Bun Hasanne MapkepnHas PHK MapkepHblii 6e10K
CTPYKTYPBI
C. elegans | Nuage/P-rpa- |MPHK Nos-2 (Subrama- GLH-1, 2, 3, 4 (Kuznicki et al., 2000);
HYJIbI niam, Seydoux, 1999; PGL-1 (Gruidl et al., 1996; Kawasaki et al., 1998);
Schisa et al., 2001); Nanos (Subramaniam, Seydoux, 1999);
22G-small PHK (Clay- PRG-1, CSR-1 (Claycomb et al., 2009; Beshore et al., 2011);
comb et al., 2009) DRH-3, DCR-1 (Claycomb et al., 2009);
DCP-2 (Lall et al., 2005);
CGH-1 (Navarro et al., 2001);
IFE-1(EIF4E) (Amiri et al., 2001);
PGL-3, MEX-5u PAR-1 (Brangwynne et al., 2009; Nott et al., 2015)
Drosophila| 3T /Tyouateie | MPHK Bicoid (Hay et al., | Exuperantia u Me31B (Berleth et al., 1988; Wilsch-Briuninger et al.,
Teaa 1988) 1997; Nakamura et al., 2001);
Bruno (B Tpodonmutax), Orb ( B oouutax) (Wilsch-Brauninger et al.,
1997; Nakamura et al., 2001; Snee, Macdonald, 2009a; b);
Cup (Wilhelm et al., 2003);
Dcpl, Dcp2 (Lin et al., 2006);
Nanos, Pumilio (Lai, King, 2013);
CniektpuH (de Cuevas et al., 1996)
3I'/ lMonsipHeie | Het naHHBIX PIWI (Megosh et al., 2006);
TpaHyJIbI Vasa (Hay et al., 1988);
Oskar (Lehmann, Niisslein-Volhard, 1991; Schiipbach, Wieschaus,
1991);
Dcpl u Me31B (Nakamura et al., 2001; Braat et al., 2004);
Aubergine (Harris, Macdonald, 2001);
Tudor (Arkov et al., 2006);
EIF4A (Nakamura et al., 2004);
CnektpuH (de Cuevas et al., 1996);
Nuage Maibie nHTEpdEPUPYIO- Vasa (Hay et al., 1988);
mue PHK (siPHK) (Lim, |Ago3 (Gunawardane et al., 2007);
Kai, 2007) Aubergine (Harris, Macdonald, 2001);
Maelstrom (Findley et al., 2003);
Spindle-E (Kennerdell et al., 2002; Findley et al., 2003);
Krimp, Tejas, PAPI (Lim, Kai, 2007; Patil, Kai, 2010; Liu et al., 2011);
Tudor (Arkov et al., 2006);
CriekrpuH (de Cuevas et al., 1996)
Xenopus | Nuage/MT Xdazl (Houston et al., 1998); | XALK4(peuenTtop akruBuHa IB tumna) (Fukui et al., 2003);
HEeMEeHT Xpat (Hudson, Woodland, EF-1 (Viel et al., 1990);
1998); Tudor (Tdrd6) (Chuma et al., 2006; Roovers et al., 2018);
Xlsirts (Zearfoss et al., 2003); | Nanos, Pumilio (Lai, King, 2013)
DEADSouth (MacArthur
etal., 2000);
Fingers u XFACS (Klocetal.,
2002)
3r Xcat2 u Xpat (Forristall et al., | XVLG1 (Ikenishi, Tanaka, 2000);

1995);

Vgl (Kloc et al., 2001);
Hermes (Aguero et al., 2016)
Nanos u Dazl (Aguero et al.,
2016);

PHK Cunrabynuna (Nojima
etal., 2010);

Grip2a (Houston et al., 1998;
Geetal., 2014)

XALK4 (peuentop aktuBuHa IB tumna) (Fukui et al., 2003);
XVelo (Bontems et al., 2009; Heim et al., 2014; Boke et al., 2016);
Rbpms2 u Dazl (Nijjar, Woodland, 2013; Heim et al., 2014);
Tudor Tdrd6 (Chuma et al., 2006; Roovers et al., 2018);

Macf1 (Escobar-Aguirre et al., 2017);

Nanos, Pumilio (Lai, King, 2013)
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Bun Hassanue Mapkepnas PHK MapxkepHslit 6e10K
CTPYKTYPHBI
3I' menniiero | Xcat2 (Forristall et al., XVelo (Bontems et al., 2009; Heim et al., 2014; Boke et al., 2016);
pa3mepa B 1995); Tudor Tdrd6 (Chuma et al., 2006; Roovers et al., 2018);
coctaBe “oct- | Xpat (Hudson, Woodland, | Nanos, Pumilio (Lai, King, 2013)
POBKOB 3apo- 1998)
JBIIIEBOM
ia3Mbl”
MeE1b Nuage Dnajcll u MTA/Spinl MVH (Lim, Knowles, 2015);
(Lim, Knowles, 2015); PADI6, NLRPS, FILIA (Li et al., 2008);
piwiPHK (Lim, Knowles, |DDX6, CPEB, YBX2 (MSY2), KOMIOHEHT KOMILIEKCA COSANHEHUS
2015) sk30HOB DCP1A(Pepling, 2010);
TDRDI1 (Chuma et al., 2006);
Nanos, Pumilio, Gemin3 (Ginter-Matuszewska et al., 2011);
Maelstrom (Costa et al., 2006)
YenoBek |Nuage Het manHbIx DDX4 (Kotaja et al., 2006);
Nanos, Pumilio, Gemin3 (Ginter-Matuszewska et al., 2011)

ITo-BuauMoMy, 3TU CTPYKTYphl UTPAIOT POJIb B CILIAl-
cunre MPHK, nanimanum tpaHcasaimu, moan(A)-1o-
JIMMepU3allui, IealeHUINPOBAHUM, IEK3IMUPOBAHUM,
Jerpafgallii M paclleIUICHMM B3alMOJIEHCTBYIOLIEH C
oenkamu cemeiictea PIWI PHK (piPHK) u sHmoren-
HoM cuHTe3e sSiPHK (endo-siPHK). Hekotoprie 6enku
MmoryT objieryath xpaHeHue MPHK, Ttorma xak mpyrue
MOTYT HanpaBlIsITh Aerpaganuio MPHK mmm ctmmymi-
poBaTh 3Kcnpeccuio reHoB. CyllecTByeT MHOTO OOIIIEro
B CTPYKTYpPE 1 COCTaBe MEXKIY 3apOBIIIESBEIMU I'PaHyJIa-
mu y C. elegans n muexornuraionmx. Takke B P-rpany-
J1ax ObUIU OOHApPY:KEHBI HECKOJILKO TUTIOB MAaTePUHCKUX
MPHK, Bxmouas MPHK nos-2 (Subramaniam, Sey-
doux, 1999; Schisa et al., 2001) 1 22G-small PHK (Clay-
comb et al., 2009).

Nzydyenne ¢pu3HMKO-XMMHYECKMX CBOMCTB P-Tpanyn
CTajlo IIEPBLIM HCCJIENOBAaHMEM, ITOCBSIIEHHBIM 0€3-
MeMOpaHHBIM OpraHeJUIaM B KJIETKaX IT0JIOBOI JTUHUMU,
KoTopoe 6a3mpyeTcs Ha OTKPBITUSX (PU3NKN KOHICHCH -
POBaHHbBIX COCTOSTHUI M XMMUU TOJIUMEepPOB. bblio BhI-
SICHEHO, 4TO P-rpanyibl (popMUPYIOTCSI Ha OCHOBE Me-
XaHM3MOB a3oBoro Iepexoma (Brangwynne et al.,
2009). B xone aToro npoiecca 6oraTble apTMUHUHOM IO~
cienoBaTebHOCTH OenkoB ¢ IDR 3a cuer monuBaieHT-
HBIX 3JIEKTpOocTaTUUecKnX B3amMmonencTeuit ¢ PHK
NOJABEPralTcs pa3aeJecHUIO (pa3 XXKUIKOCTb—KUIKOCTb,
o0pa3ys xxuakue Karuii (rpanyiasl PHIT). Kamu moryT
Te4b, Ne(POPMUPOBATHCSI BOKPYT ITOBEPXHOCTEM IPYrUX
CTPYKTYp, a Takke aeauTbcs. OOpa3oBaHue KOHACHCA-
TOB 3aBHUCUT He TOJIbKO OT Hajanuus 6esKoB ¢ IDR, Ho u
OT UX MOJIEKYISIPHOI COOpPKM M BHYTPEHHEN pPacTBOPH-
moctu. Hanpumep, pacTBOpUMOCTh OOHOI'O M3 KOMIIO-
HeHTOB P-rpanyn Oenka PGL-3 3aBucutr ot 0OelKoB
MEX-5 u PAR-1 (Brangwynne et al., 2009; Nott et al.,
2015). B obpazoBaHUYM KOHIEHCATOB TaKXKE UTPAET POJIb
JIoKaJIbHasi KoHIeHTpauus 6enkoB ¢ IDR. 3HaunT, mo-
00if MexaHN3M, KOTOPBIII M3MEHSIET JIOKAJbHYIO KOH-
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LIEHTpALIMIO KJIIOUEBbIX KOMIIOHEHTOB, BKJIIOUYasl U3Me-
HEHUS IKCNpPEeCcCrM, Nerpajalii U JIoKaIu3aluu Oe-
kKoB ¢ IDR u 6en1koB peryasiTopoB, OyneT BIUSITH Ha
obpa3oBaHue U 00beM KOHIAEHCUPOBaHHOM da3bl. Cpe-
o 3Tux MexaHu3MmoB y C. elegans oOHapyXeHBI IIOCT-
TPaHCISIHUOHHBIE MoOAMMUKAIIUU OEJIKOB, TaKue Kak
dochopunmmpoBanue (Wang et al., 2014).

B uurorutazme nokosiiuxcst ootuton C elegans pop-
mupyotces 6onbie PHII, HaszbeiBaembie grP-tenbiamu
wiu grPB, KoTopble HENMOHUPYIOT perpecCupOBaHHBIE
MPHK (Schisa et al., 2001; Noble et al., 2008). grPB co-
JIiep>aT HeCKOJIbKO 0eJIKoB P-tenelr, a Takke (pakTOpHI,
KoHTponupyromue Tporeccuar MPHK, Bximouas 6emok
Lsm CAR-1 (RAPS55 y yenoseka, Trailer Hitch y rmonoBoii
myxn), DEAD-60kc-PHK-xemmkazy CGH-1 (DDX6 ge-
JnoBeka, Me31lb mpo3odumisl) 1 MPHK-cBs3piBaronime
penpeccopsl TpaHcasauuu, Takue kak PUF-5 u MEX-3
(Jud et al., 2008; Noble et al., 2008). imeHHO 1101 Ieii-
ctBueM PHK -xemmmkaser CGH-1 rpanynsr grPB mipeBpa-
HIaloTCd U3 XUAKMUX Karesb B “TBepable” Telia, 3a CUET
WCKJIIOUEHUSI BOIBI U3 MaKpPOMOJIEKYJISIPHBIX B3aMMO-
neiictBuii ¢ 6enkamu (Hubstenberger et al., 2013).

Takum 06pa3zoM, OCHOBHBIMU CBOMICTBaMU P-rpanyn
C. elegans BASIIOTCSI IMHAMWYHOCTD JIOKAIWU3allU1, CO-
cTraBa U GU3UYECKUX CBOMCTB, a TAKXKE BICOKOE COAEP-
JKaHUe XelrKas U (haKTOpOB, BOBJIEYEHHBIX B IpoOLec-
cudr PHK. OcHOBHBIMI (DyHKIIMSIMU TaKUX T'PaHYJI SIB-
JISIIOTCS ONpeAesIeHrEe KJIETOK MOJOBOU JIMHUU IyTEM
nernoHupoBaHus 6enkoB U PHK, BaxkHBIX 1151 pa3BUTHS.
P-rpaHysibl Takke ydyacTBYIOT B XpaHEHU U, TIPOLIECCUH-
re u gerpagaumu psga MPHK wu  peryasguunm
piPHK/miPHK u endo-siPHK.

31 dposzogunve

Y nposoduibl BBISIBIIEHBI MHOXeCTBO KitaccoB 3T,
copmupoBaHHbIx Ha ocHoBe PHII, koTOophle BcTpeya-
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IOTCSI B IBYX TUIIAX KJIETOK — COOCTBEHHO B OOIIMTaxX 1 B
oKpyXariuux ux Tpodountax. Kak nzBecTHO, KaxKIbIi
U3 IBYX SUYHUKOB IPO30(PUIIbI COASPKUT OBAPHUOJIBbI
(LIemoYKM SHUIIeBBIX KaMep), IIepeaHNe YacTU KOTOPBIX
COEOUHEHBI C TepMapueM — 30HOI, Ilie pacHoI0KEeHbBI
repMUHAaJIbHbIE CTBOJIOBBIE KJIETKH. B repmapum mmpouc-
XOIUT UX aCUMMETPUYHOE JeJIieHHe ¢ obpa3oBaHUEM 16
LIMCTOOJIACTOB, CBA3aHHBIX IPYT C IPYTrOM LIMTOIIa3Ma-
TUYECKUMU MOCTUKAMU. MOCTUKU ITPOXOIST Yepe3 CBsI-
3aHHBIE C IIUTOCKEJIETOM CTPYKTYPhlI — KOJIbLIEBBIE Ka-
Haybl (ring canals) (Ashburner, Gubb, 1989). JIumb
OIUH U3 16 IMCTOGIACTOB CTAHOBUTCSI OOLIUTOM, OCTAJTb-
Hble 15 — Tpodonutamu (nurse cells). @yHKIMSA TPODO-
ILIUTOB COCTOUT B TOM, 4TOOBI reHepupoBath pPHK, GeJ-
KM ¥ Apyrue MaTepuaibl, HEOOXOOUMBbIEC I paHHEro
pa3BUTHS, W OCMOHMPOBAaTb MX B PACTYIIMA OOLIMT
(Bastock, St Johnston, 2008). 3I" pa3HBIX KJIaCCOB y ApO-
30(WIbI pa3INYalOTCs 0 MOP(MOJIOTUYECKUM KPUTEPU-
sIM M1 CyOKJIETOYHOM JIOKaJn3auu. TepMrH nuage NCTo-
PUYECKU MCITOIb30BaIN IJIsl ormcaHus Heoombimux 31,
HaliIeHHBIX BOU3M saep TpodouuToB. ['ydbuaTeiMu Te-
Jtamu Ha3biBaiu 31, HalimeHHbIE KaK B TpO(OLIMTAX, TaK
u B ooumntax. Kpynueie 3I°, oOHapy:KeHHBIE Ha BereTa-
THUBHOM IIOJIFOCE OOLIMTOB IIO3IHEI CTafu U B SMOPHO-
HaXx, IMOJIyIMIM UCTOPUIECKOE Ha3BaHNE MOJISIpHEIC Tpa-
nyissl (Liang et al., 1994; Wilsch-Brauninger et al., 1997;
Nakamura et al., 2001). Jlanusie PHIT paznuuatorcst mo
MOJIEKYJIIPHOMY COCTaBy (TalI. 2).

Iybuamoie meaa 6vinn BnepBble omnmcaHbl Wilsch-
Brauninger B 1997 r. Kak 3JeKTpOHHO-IUIOTHas1, 0e3-
MeMOpaHHas1, CyOKJIETOYHAs CTPYKTypa B TpoOILIMTaxX 1
OOIIMTaxX, acCOLMMpPOBaHHAs ¢ MuUTOXOHApUsAMHU. Co-
CcTaB IyoYaThIX TeJ TPO(MOLUTOB U OOLIMTOB HECKOIBKO
paznuuaercsi. B kierkax o0oux TUIOB OOHapy>KEHBI
oenxkn Me31B 1 Exuperantia — mpoayKT TOMEO3MCHOTO
reHa Bicoid (MopdoreHa, omnpenessioniero pa3BuTHe
aKpoHa, TOJIOBBI M TOpakca 5MOpHOHa ApPO30QUIIBI)
(Berleth et al., 1988; Wilsch-Brauninger et al., 1997; Na-
kamura et al., 2001). beinoxk Bruno xapakrepeH Ajsi Tpo-
douuToB, a 6es1ok Orb B O0JIbIIIEl CTETICHU IJISI OOLIUTOB
(Wilsch-Brauninger et al., 1997; Nakamura et al., 2001;
Snee, Macdonald, 2009a, b). B Tpodouutax ryouartsie
Tena, HO-BUAMMOMY, OKPYKaloT YacTUIIBI nuage, KOTO-
phle YYaCTBYIOT B T€He3€ ITOJISIPHBIX T'PaHyd B OOIIMTE.
Taxcke oOHapyXeHO, 4TO I'yOJaThle Teja yepe3 KOJble-
BbI€ KaHAaJIbI IIEpEeMEIIaoTCs MeXIy TpoGOIUTaMU 1 U3
TPOPOILIUTOB B OOLIUAT. DTO ITOATBEPKAAET TUTIOTE3Y, UTO
pa3nInyus B COCTaBe ry0uaThIX TeJl B KJIETKaX pa3HbIX TH-
OB CBSI3aHBI C peajn3alyeii TPaHCIIOPTHOM (DYHKIIMN
(Snee, Macdonald, 2009a, b). Ha ocHoBe u3y4eHus co-
CcTaBa Iy0YaThIX TeJl ObLIO BBICKA3aHO Ba MPEANOI0XKe-
HUs 00 ux pyHKuMsx. CoriacHo IIepBOMY HPEAIOI0XKE -
HUIO, TyOYaThie Teja yJYacTBYIOT B MOCTTPAHCKPUIIIIN-
OHHOI PEeryJsIMU SKCIIPECCUU TeHOB 3MOPHUOHAJILHOTO
paszButus. Ilpennonaraercs, 4yro y Drosophila TyGyaTbie
Tejda aHamorndHel P-rpanymam Hemarton (Lin et al.,
2006). I1poTUB 3TOI TOYKU 3PEHUST CBUIAETEIHCTBYIOT
paznuuust B Mopgoiioruu P-ten u ryouaThix Ten. Bricka-
3BIBAIOTCSI UACU, YTO ITU CTPYKTYPHI MOTYT MpEeACTaB-

JOBPBIHMH, EHYKAIIIBUJIN

JISITH pasnudHbie ypoBHU uepapxun 3I° (Snee, Macdon-
ald, 2009a). CTOpOHHMKM BTOPOIi TEOpPUM II0Jararor,
qTo ry0uaThle Tejia BBICTYIIAIOT B KadecTBe P-tenern
(Processing bodies). P-Teap1ia B TaHHOM KOHTEKCTE CJIe-
JIyeT OTJIMJaTh OT OIMMCAHHBIX BhIIe P-rpanyn C. ele-
gans. P-tenbua (processing bodies) siBisIIOTCSI arperataMu
BbICOKO KoHcepBaTuBHBIX PHII, koTOphIe BcTpeyatoTcs n
B COMaTUYECKUX, U B ITOJIOBBIX KJIETKAaX. Y CTAHOBJIEHO, UTO
Takue P-Tenblia ydacTBYIOT B Aerpajaliiid M XpaHEHUM
PHK, a takke, BO3BMOXKXHO, B pelpecCU UX TPAHCISIIINNA
(Parker, Sheth, 2007). B ry0uaTeix Tesax oOHapy>KeHBI OeJI-
KM, XapakTepHble i1 P-tenew: xemkaza Me31B, 6enok
vHutmanuy TpaHcisiuuy EIF4e (Nakamura et al., 2004)
U cBsi3bIBaroninii ero 6eok Cup (Wilhelm et al., 2003),
MPHK-nexsnupyromumii pepment 1 (Dcpl) (Lin et al.,
2006). JIas1 OKOHYATETLHOTO BBISCHEHUS CBSI3U MEXIY
P-tenpuamu npo3odunsl u 31 TpeOyIOTCS majgbHEHIIINe
HUCCIICOOBaHUSI.

ITloasipnvte epanyavt BriepBble OOHAPYXXUBAIOTCSI Ha
BEreTaTUBHOM TI0JIIOCE OOLIMTOB TMO3AHEN CTaAuu, Kyaa
rornagaroT U3 TpodoLuToB. M3BecTHO, uTo Oeku Oskar
U Vasa gBJSIIOTCS 00513aTeJIbHBIMU KOMIIOHEHTaMM TSI
COOpPKM KOMIIOHEHTOB TMOJISIpHBIX rpaHya (Lehmann,
Niisslein-Volhard, 1991; Schiipbach, Wieschaus, 1991).
JIOTIOJTHUTENIbHBIMI  KOMITOHEHTaMU  SIBJISIIOTCSL  OeIKur
Dcpl, Me31B (Nakamura et al., 2001; Braat et al., 2004),
YTO IEMOHCTPUPYET CBsI3b ¢ P-Tespliamu (Thomson et al.,
2008). Takke B cocTaBe 0OHapykeH 0eJI0K ceMecTBa Argo-
naute — Aubergine (Harris, Macdonald, 2001), ygacTBy1o-
it B perysinuu aktuBHoctd miPHK/piPHK. TTozxe B
3TUX CTPYKTYpax ObLUIM BBISIBJIEHBI OeTKU ceMeiictBa PIWI
(Megosh et al., 2006) n 6eK1 peryasaTopbl TPAHCISIINT
cemeiictBa Tudor (Arkov et al., 2006) u EIF4A (Na-
kamura et al., 2004), 4To CBUAETEIbCTBYET 00 ydyacTUU
MOJISIPHBIX TPaHyJ B Ipoleccax MOCTTPAaHCKPUIIIIMOH -
HOI peryasiuvuy 3KCIPECCUU TeHOB 3MOPMOHATBHOTO
pa3BUTHSI.

WccrenoBanus B peaJlbHOM BpeMeHU ¢ UCITOJIb30Ba-
HueM ¢ayopecueHTHoro GFP-Aubergine moka3bIBaloT,
YTO MOJISIPHBIE TPaHYJIbl COOMPAIOTCS B OOLIUTE de novo.
INonsipHBIE TpaHYIbI BKIIIOYAIOT HOBBIE KOMITOHEHTBI
MeIJIeHHee, YeM nuage. DTO MO3BOJISIET IIPEAITOI0XUTD,
YTO ITOJIAPHBIC I'paHYJIbl MOTYT OBITh MEHEE JINUHaAMUAUY-
vHeiMu PHIT (Snee, Macdonald, 2004).

Nuage y Drosophila npenctaBisieT co00i 371€KTPOH-
HO-TJIOTHYIO TIEPUHYKJIEApHYIO CTPYKTYpy. B cBs3u c
JlokaJm3auurein u Mmopdoaorueii TaHHOTO 0Opa3oBaHUs,
TEPMUH Nuage 4acTO UCHOJb3yeTCs] KaK CUHOHWMUY-
HBIIA IpYyrMM TepMMHaM, O00O3HAyalolIUM MEePUHYKIIEe-
apHbie 31. Tak, HarpuMep, MMPOBOIST MapaslIeIu MEXITY
nuage y Drosophila, nuage y MbIllIei1 M YeJIOBeKa U Tepu-
HykJIeapHbIMU P-rpanynamu y C. elegans (Hertig, 1968;
Costaetal., 2006; Lim, Knowles, 2015). KomroHeHTamu
nuage y Drosophila siBisitoTcst 6e10K Vasa, 0eJIKy mojace-
meiricTBa Argonautes — Aubergine (Harris, Macdonald,
2001) u Ago3 (Gunawardane et al., 2007), 6e1ok Mael-
strom u 6enok Spindle-E (Findley et al., 2003). Spindle-E
YIOpaBJISET MEPUHYKICAPHOM JTOoKaIU3aluein 1ByxX KOM-
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noHeHTOB nuage: Vasa m Maelstrom (Kennerdell et al.,
2002; Findley et al., 2003). Aubergine u Maelstrom
y4JacTBYIOT B nogasiaeHuu skcnpeccun LINE c momo-
mbio Maneix naTepdepupyrommux PHK (siRNAs) (Lim,
Kai, 2007). Takxe B cocTaBe 3TUX CTPYKTYP BBISIBJIECHBI
O0enku, copepxkaiiue Tudor-momMeH, MpuUYeM KakK caMm
Tudor (Bardsley et al., 1993), Tak u 6enku Krimp, Tejas
u PAPI (Lim, Kai, 2007; Patil, Kai, 2010; Liu et al.,
2011). @dyHKIUSAMU 3TUX OEIKOB SIBISIIOTCS MpUBJcYe-
HUe METUJIMPOBaHHbIX 6eKoB K 31" U peKpyTUupoBaHUe
MUTOXOHIpHUaIbHOU 1 pudbocomHoit PHK B monsipHbie
rpaHyJbl. Nuage MOryT HabJoaaTbes yxke npu (popMu-
pOBaHMM TMEPBUYHBIX KJIETOK 3apOJbIIIEBON JUHUU U
COXpaHSIIOTCSl BO BCEX KJIETKAX 3apOJbIIIEBOi JTUHUMU,
noka He 0ynet cpopmupoBaH oouut (Mahowald, 1971).
Ha ocraBiuxcs craausix ooreHe3a nuage MOXXHO OOHa-
PYXUTH BO Bcex TpodolumTax, HO He B oouuTe. begok
Vasa Takxe ObLT OOHAapyk€H B TEPUHYKICAPHBIX TEJIb-
11ax 2-To TUIIa ¥ NOJISIPHBIX TPaHyJiaX B OOLIUTE APYrOro
MpeACTaBUTEIIS HACEKOMBIX — CKOPIIMOHHUIIBI Panorpa
communis (Batalova, Parfenov, 2003). [lepuHykiieapHbie
Tesiblia 2-To TUMa Panorpa communis CYATAIOTCSI TOMO-
JioramMu nuage TpodouuToB Drosophila. 310 IeMOHCTPU -
pyeT KOHCEpBaTUBHOCTb CTPYKTYpHI U ee cocTasa. Ilo-
MHMO Oesika Vasa B LIMTOIuIa3Me NEPUHYKIIEAPHbBIX TeJell
OBIIT OOHapYKEHBI OOTaThie YPUAWHOM MaJjble SIepHBIC
PHK (U-maPHK), yyacTBylollMe B KIIIOUEBBIX 3Tarax
npoueccunra npe-MmPHK B snpe sykaproTUdecKux Kiie-
ToK (Batalova, Parfenov, 2003). ITo3zxxe U-ms1PHK B kom-
TUieKce ¢ KOpOBbIMM Oeikamu criaiicuHra Sm/Lsm,
OeJIKOM BBDKMBaHMs MOTOHeiipoHOB SMN, apruHuH-
metunTpaHcdepazamu Drosophila Dart 5 u Dart 7 6bu1u
OOHapyXeHbl B LIUTOIJIa3Me OOLUTOB U TPOGOILUTOB
Drosophila B Buge cTpykTyp, KOTOpbIE ceiiuac o0o3Haya-
o1 TepmuHoM U-tenbua (Liu, Gall, 2007). YpoBeHb
akcnpeccun SMN B KJleTKaxX 3apOAbIIIeBOi TMHUU Bbl-
111€, YeM B COMATUUECKUX, YTO OOBSICHIETCSI NETTOHUPO-
BaHueM OeJika JJisl TIOCJIeIYIOIIEero UCIOIb30BaHUS BO
BpeMsi amopuoreHesa (Lee et al., 2009).

Cuwnrtaercst, yto U-maPHK tpanckpubupyorcs B
SIIpe, DKCIOPTUPYIOTCS B IMTOILIAa3MYy, TJle OHU IPUOO-
peTaloT TPUMETUITYaHO3UHOBBIN K3 U CBSI3BIBAIOTCSI C
oenkamu Sm/Lsm. B nuronnasme PHII gacTtuibl Ha-
KannmBarotcs B U-Tenbplax repes mMITopToM B ssapo. U-
Teablla UMEIOT chepriecKyro (hopMy U He KOJTOKATU3y-
IOTCSI HA ¢ KAKMMU M3BECTHBIMU IIUTOILIA3MaTUIECKU -
MU OpraHejijiaMu Kpome P-tenell, ¢ KoTopbIMM ITOKa3a-
Ha ux TecHasl pu3nyeckast cBsI3b. Bo3MOXHO, HEKOTO-
peie atanbl cbopku U-mMgaPHII TtpebyroT oOGMeHa
MOJIEKYJIaMM MEXAy 3TUMHM CTpyKTypamu. Hampumep,
KoMIIJIeKC 0esikoB crutaiicuHra Lsm1—Lsm7 MoxeT co-
oupatbcsa B U-Tenblax, HO XpaHMTbCS B P-Tenbmax
(Ingelfinger et al., 2002). BoamoxHo, accoumanus U- u
P-Tenenr MoxXeT oTpaxkaTb MEXaHU3M OOpaTHOI CBSI3H,
KOTOPHI MOAAEpKMBAET PETyIMpPYyeMOe BBLICBOOOXKIIE-
aue MIPHII n3 U-Ttenen B 3aBUCMOCTHA OT CKOPOCTH
nerpagaiiuu MPHK B P-tenbuax. Mnu xe coopka/xpa-
HeHue MaPHII B U-Tenbuax MoxeT ObITh ypaBHOBEIIE -
Ha nerpamanueit MaPHII B P-tenpiiax. I1pu aTom myra-
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umy komrnoHeHTa U-tenpna — 6e1ka SMN — BBI3LIBAIOT
HapylleHUe CTPYKTYpHI P Tenell, a MyTanium KOMIOHEH-
ToB P-Tenen; — 6enkoB Cup u Otu — npuBOASAT K HEHOP-
MaJIbHOMY pacmpeneneHuio u pasMmepy U-tenen (Lee
et al., 2009). ITo-Bunumomy, U- u P-Tenbiia B3aumo3sa-
BUCUMBI, U KOMITOHEHTBI OTHOTO MOTYT PeryJMpOBaThCsI
MeXaHM3MaMU JPyroro TeJa.

benok Oskar, HEOOXOOMMBIH OIS COOPKU MOJISIPHBIX
rpaHyJ Ha BereTaTUBHOM IIOJIIOCE OOlIUTa, He o0si3aTe-
JIeH 11 oopa3oBanus nuage (Lasko, Ashburner, 1990).

Takum obpaszoM, y Drosophila BbISIBIEHO HECKOIBKO
pa3HbiX TMNOB 3I'. X yHKIMM pa3inyHBl B pa3HBIX
KJIeTKax 3apojbliieBoro rmytyu. Hanuuue 6enkos Me31B,
EIF4e, Cup, Dcpl roBoput o BOBI€YeHHOCTH I'y0OUYaThIX
Tea B npoiecchl npoueccuira PHK. Hannune 6enkoB
Bruno u Orb roBoput 06 yuacTuu rydouathix Tej B TpaHC-
MNOPTUPOBKE OUOMOJIEKY MEXIy pa3HbIMUA TUIIAMU
kieTok. Nuage y Drosophila TakKe NeIIOHUPYET OEJIKH,
BakHbIE JIS1 pa3BUTUSI, U yUaCTBYET B Mpolieccax MHaK-
TUBaLMU peTpono3oHoB. [lonsapHbie rpanyabl Drosophi-
la y4acTBYIOT B TPAaHCJSILIMOHHOM KOHTPOJIE BaXKHbIX
nist pazsutust MPHK (Mahowald, 1971). Takxke, 1mo-Bu-
numMomy, 3" obecnieunBalOT UAEHTUUYHOCTh 3apOblliie-
BBIX KJIETOK, KOHTPOJIMPYS TPAHCISLIMIO TTyTEM penpec-
cuu TpaHcasauuu MPHK, kotopsie yripaBisitor cyabooii
comatnueckux Kierok (Lai, King, 2013).

31" Xenopus

B cBs131u ¢ ocobeHHOCTIMU ooreHe3a, Y Xenopus 31 B
TedeHUe TIPOJOKUTEILHOTO TIeprUoAa Pa3BUTHS BXOIST
B coctaB Tenbla bansouanu (Th). Ha mpotskenun
mHorux jet Th y Xenopus B OOIbIIMHCTBE HCCJIEI0BA-
HUIl yIMOMUHAJCI KaK MUTOXOHAPUAIbHOE 00JaKo
(Kloc et al., 2001). Ha I ctaguu pa3BUTHSI OOLIUTOB JIsI-
rymiku Th npencraBnsieT coboit chepuIecKyro CTPYKTY-
py okoi0 40 MKM B TraMeTpe, KOHTAaKTUPYIOLIYIO C S/~
pom oouuta (Dumont, 1972). Tb Bcerna nokanusyercs
PSIOM ¢ OyIyIINM BEreTATUBHBIM ITOJIFIOCOM OOLIUTA, SIB-
JISIsICh MapkKepoMm moisgpHoctd. Ha stoit cranmm Thb
BKJIIogaeT B cebs mpuommsuteapbHo 500000 MUTOXOH-
IPUH, OTCIOIA ¥ UICTOPUIECKU TEPMUH “MUTOXOHIPHU -
anbHOE 00J1ak0”. MuTtoxoHapun BHyTpr Th otnmyaror-
cs1 TT0 MOpP(OJIOTUM, aKTUBHOCTU (PEPMEHTOB M CBOIi-
CTBaM pEIIMKALIMM OT MUTOXOHIPUI Apyrux obnacreit
ooria3mMbl. Takum obpaszoMm, Th y Xenopus comepxut
cnienuuyecKoe ISk 3apOAbIIIEeBOM JUHUN OAMHOXE-
ctBo mutoxoHapuii (Tourte et al., 1984; Mignotte et al.,
1987). Apyrumu komnoHeHTamMu T b SIBIISIIOTCS 1IepOX0-
BaThlii OP, MHOroumcineHHbIe KOMILJIEKCH [ObIXN 1
3I', KoTopbIe CKOHILIEHTPUPOBAaHbI B OJIMKHEN K TTOIIOCY
00IacTi, Ha3bIBaGMOI LIEHTP TPAaHCIOPTA CUTHAIbHBIX
MoJIeKyn (messenger transport organizing center, METRO)
(Kloc et al., 2001). B METRO umeetcs okono 700 3I" nua-
metpoM oT 50 mo 2000 um (Kloc et al., 2001, 2002). Bo
BpeMms pocTa oouuToB (Mexay cranueit 11 u cragueii VI
(Dumont, 1972)) Tb dparmeHTHpYyeTCS HA MHOXECTBO



858 JOBPBIHMH, EHYKAIIIBUJIN

HEOOJBIINX “OCTPOBKOB”, KOTOPHIE comep>kaT BCe KOM-
HOHEHTHI, BKITo4ast 3I' 1 MUTOXOHIpHUU, U TIepeMela-
IOTCS B CTOPOHY BET€TaTUBHOTO ITOJIIOCA, MCIIOIb3YsI He-
W3BECTHBII MexaHnU3M. “OcTpoBKHN”’, 3aKpeINIECHHBIE Ha
BEpIIMHE BETeTATUBHOTO MOJIOCA OOLUTOB cTamuu VI,
YaCcTO HAa3BIBAIOT “OCTPOBKAMM 3apOABIIICBOI TIa3MBbI .
K sToMy MOMeHTY OHU comepKaT COTHM MeJakux 31
(mmameTrpom 250—500 HM), MHOTOYMCIIEHHBIE MUTOXOH-
IpUM, BE3UKYIbl M umMcTepHBl ['onpmku, a takke DP
(Czolowska, 1969; Kloc et al., 2001). C HauajioM SMOGpH-
OHAJIBHOTO Pa3BUTUSI MaTepHajl OCTPOBKOB pa3aeisieTCs
MexXay 6J1acToMepaMM BereTaTUBHOTO TTojitoca. OCTpoB-
KM 3apOJIBIIIEBOM IJIa3Mbl 8-KJIETOYHOTO SMOPHOHA CO-
nepxat okojo 80 kpymHbIX (muamerpom 2000 HM) 3T,
pacnonoxkeHHbIX Mexmy mutoxoHapusmu (Kloc et al.,
2002). B xoHeYHOM cUeTe, OCTPOBKY CHOBa (DparMeHTH -
pytorcs 1 pasgengrorca Mexay [TITK. Korna ITITK oBu-
KYTCSl B HaNpaBJIECHWM 3a4yaTKa roHanbl, BemectBo 3T
MEHSIET JIOKAJIM3allMIo Ha TTIepUHYKJIeapHylo, JaBas Ha-
YaJio nuage, KOTOpbiil y Xenopus 1o3:xke TMOIyInsT Ha3Ba-
HH1e MuTtoxoHApuaabHbIM HeMeHT (Kloc et al., 2004b).

Cocmae Th Xenopus. IlepBas cucreMaTudeckasi 01o-
XUMHUUYecKas Xxapaktepuctuka Th OblUta mpoBemeHa st
oomToB Xenopus laevis (Boke et al., 2016). ¥ Xenopus
CYIIECTBYET IBA OCHOBHBIX ITyTU 00ECIICUCHMUST JIOKAIH -
zaumu PHK nHa BererarmBHoM momoce. (1) METRO,
niaym paHHni Mexaan3Mm gokanmsanu PHK. Birarogaps
3TOMY MEXaHM3MY Ha BereTaTUBHBI ITOJTIOC TIepeMela-
forcag PHK Xcat2, Xdazl, Xpat, Xlsirts, Xwntll, DEAD-
South, Fingers, XFACS u Xtox1 (Forristall et al., 1995;
Kloc et al., 2001). (2) B oonurax Takke cymecTByeT Vgl,
nim io3gHi myTh repemertieHnss PHK k BeretatuBHO-
MY HOJTIOCY, KOTOPBIi OnocpeIoBaH MUKPOTPYOOUKAMH.
OTOT IIyTh 3aIlyCKaeTCs IOC/IE TOTO KaK HEOOXOINUMbIE
MPHK monamatot B coctaB Th. PHK, iepemermaemsie ¢
noMo1ibo Vgl IyTy BIOJIb MaCCMBa MUKPOTPYOOUEK, HE
nokanm3yrorcsa B Th (Kloc et al., 2001). C momorsio
BTOr0 MeXaHM3Ma Ha BereTaTUBHBII MOIIOC TIepeMela-
eTcsI MHOXECTBO CHeHM(PUYSCKUX TPaHCKPUITOB,
Bkirodast Vegl, hakTop mHAYKIIMKM Me301ePMbI 3aPOIbI-
ma. CymecTByeT TakKe CMEIIaHHBIA MyTh TepeMelle-
HUS cnel(UISCKUX TPaHCKPUINTOB. [1o HeMy nepeHo-
carca PHK Hermes, kotopble UTparoT BaXXKHYIO POJIb B
pasButuu (Aguero et al., 2016).

Cpenn PHK, momanarommx B Th ¢ moMorso Mexa-
au3smMa METRO, sBeissBiena Xcat2, Kotopast KOTUPYET
0eJIoK, comepzkainnii Nanos-1momo0HbBIIf MOTUB IIMTHKO-
Boro nanbiia (Forristall et al., 1995). Takke BbIsIBIeHA
PHK Xdazl, xotopast ygaactByeT B GOpMUPOBAHUM JIN-
Huu noaoBeix KiaeTok (Houston et al., 1998) u npucyt-
cTByeT B nuage 1o I cragum pa3sutus oouiutoB. B 6omee
3pedbIX OOlLMTax M 3MOpmoHax Xdazl mokanmsyeTcs B
nutorutazme Mexay 317 (Kloc et al., 2002). Cpenu 1po-
yux PHK tpancmoptuposka no kackany METRO xa-
pakTepHa Takxke 11 PHK Xpat n Xlsirts, mociaemHssa u3

KOTOPBIX SIBJISICTCS HEKOIMPYIOIIEH W MPUHAIICKUT K
ceMeiCTBY BBICOKOMOBTOPSIIOIIMXCS TaHAeMHbIX PHK
(Kloc et al., 2001; Zearfoss et al., 2003). 9t PHK noka-
JIM30BaHBI B [IEHTPE Nuage B OOTOHMSIX 1 B IUTOILIA3ME
mexay 31 B amopuonax (Kloc et al., 2002). B coctase Th
Xenopus TakxXe NPUCYTCTBYeT roMoJjior Oeiika Vasa —
XVLG1 (Watanabe et al., 2005). Kpome TOro BBEISIBIIEHBI
MPHK DEAD South, koTopas xognpyet Vasa-cBg3aH-
Hyio PHK-xenmkasy, tecHo cBsa3anHyio ¢ EIF4A
(MacArthur et al., 2000), u Fingers, koTopast KOnupyeT
6eJI0K, TOMOJIOTUYHBII TPAaHCKPUITLIUOHHOMY perpec-
copy — 6eaky Kox1 u comepxanuii Kruppel-1momooHbIit
MoTHB nuHKoBoro nanbia (Kloc et al., 2002).

PHK, xotopsie nokanu3oBaHbl B 3I°, BeposITHO, He-
MOCPEACTBEHHO YYaCTBYIOT B ONpeleIeHUN CyIbObI I10-
JoBbIX KJ1eToK. HegaBHo B coctaBe Th y Xenopus u Danio
ObLT BBISIBIIEH OeioK Buc (y Xenopus BBISIBIEH TOMOJIOT
Buc — XVelo) 1 cOOTBEeTCTBYIOLIMIT €My TPaHCKPHUIIT
(Bontems et al., 2009; Heim et al., 2014; Boke et al.,
2016). MyTtauus 1aHHOTO GeJika BhI3bIBaeT (hpopMUpPOBa-
Hue y Danio 0OIIUTOB, B KOTOPBIX IMOJTHOCTBHIO OTCYT-
ctByeT Th. B TakoMm cocTosTHUM 0O1IMT (haKTUUECKU HE
o0JlamaeT MOJSIPHOCTBIO M paguajbHO CUMMETPUYEH
(Marlow, Mullins, 2008; Bontems et al., 2009). “HeBep-
Hast” 9KCIpeccusl TeHa TakKe NMPUBOIMUT K IedeKTaM
JIOpCaibHO-BEHTPAJIbHOTO MaTTe€pHA OOLUTa U 00pa3o-
BaHuio MHoxecTtBa Th (Heim et al., 2014). ¥V narymku
XVelo nMmeeT Te 3Ke paliloHBI JOKaJIM3alli, 4To U Buc y
Danio n npeanonoXXuTeIbHO UTPaeT Ty 3Ke poJib (Clauss-
en, Pieler, 2004). I'en, kogupytomuii 3T0T 0€JIOK, I10-
BUJIMMOMY, YTEPSIH Y MBIIIEi, HO UACHTU(UIIUPOBAH Y
moneit u npyrux miekonuraoimux (Bontems et al.,
2009; Skugor et al., 2016). XVelo mpencrasisier co6oit
0esoKk, KoTtophlii comepkuT IDR m mpnoHomomoOHET
nomeH (PLD) na N-KoHIIe, a TakkKe MOJ0KUTEILHO 3a-
psokeHHBI C-KOHell, KoTopblii c¢BsI3bpiBaeTcs ¢ PHK.
IIpm skcmpeccny 3TOro Oeaka ¢ MOMOIIBIO BUPYCHOTO
BEKTOpA in vitro 00pa3yloTcs “TBepable” CTPYKTYPHI, TTO-
IOOHBIE aMMJIOMIHBIM (pMOpMIIaM, KOTOPEIE, B CBOIO
ouepenb, CIIOCOOHBI K camoopranmu3anuu (Boke et al.,
2016). DTu arperaThl OKpallMBaIOTCSI TUOMIABUHOM-T,
KpacuTeJieM, KOTOPbIii MapKUpPyeT aMIJIONIONOA00HbIE
BOJIOKHA, a Takke Th B oonmtax Xenopus (Boke et al.,
2016). XVelo-GFP nocyie mHbeKIINK B OOITUTHI JIOKATH -
3yercs B Th u 3ammoHgeT MTpOMEXXyTKHN MEXKITy MUTOXOH-
npustMu. ITo-BuamMoMy, 3TOT O€I0K 00pa3yeT cTaOuIIb-
Hyt1o Matpully B Th. DT0T pakT B coueTaHNM C OUeHb BBI-
COKOM JIOKaJIbHOII KOHIIeHTpamueir XVelo (koTopas
npesbimaet 500 MM B Th) ykassiBaeT Ha 1o, uTo XVelo
JIIEMCTBYET KaK CTPYKTYPHBI KJIEi, KOTOPBI yaepKuBa-
et opraHelibl BMecTe B coctaBe Th (Boke et al., 2016).
DTO cornacyercs ¢ COBpeMEHHBIMU MPEICTABICHUSIMU O
ToM, uTo 3I' 1 Th, aBnstioTcst OMOMONEKYISIPHBIMU KOH -
JeHcaTaMu, OOpa3yIoLIMMMUCS IIOCPEICTBOM MEXaHU3-
MoB aszoBoro mepexoma (Han et al., 2012; Weber,

LHUTOJIOT A Ne 12

TOM 62 2020



3APOIBIIIEBBIE T'PAHYJIBI B OOTEHE3E XKMBOTHDBIX

Brangwynne, 2012). Mnes o amMmuionmonoao0HO OCHO-
Be Th Takke XOpoIIo KOoppearpyeT ¢ BO3MOXKHOMN PYHK-
LIMEN 3TOM CTPYKTYpPhI, 3aKJIIOYalolIeiicss B moaaepxa-
HUU HU3KOM aKTUBHOCTH MUTOXOHIPHU X MATEPUHCKIUX
PHK, 9T0o0BI 0oOIMTEI MOTIM 0€3 MOTEph MPEOmOJICTh
MPOOOJLKUTEIILHBIE IIPOMEKYTKY MOKOSIIINXCS CTaaui.
MexannzMmoM popmupoBaHus 6osee “TBepnabrx” Th, mo
CpPaBHEHUIO C XKMAKUMU KaruisiMu 317, sSIBJIsieTCs MCKIIIo-
YeHure OOJIBIIOro KOJIMYECTBA BOIBI M3 COCTaBa CTPYKTY-
pel. DopMUpoBaHNE AMWJIOMIHBIX CBOMCTB BBI3BAHO
00BbeIMHEHEM MHOXECTBa [3-JIMCTOB OEIKOB MOCpen-
CTBOM 00pa30BaHUSI BOOOPOIHBIX CBS3EH MEXIYy HUMU
(Dobson, 2003).

Tb y MHOrux BUIOB UMEIOT chepuUecKyro (popMy
(Brangwynne et al., 2011). Chepuueckast hopMa Apyrux
OMOKOHAEHCATOB (Harpumep, ssapbiiko u 3I') o0ycioB-
JIeHa TIOBEPXHOCTHBIM HaTsDKeHHeM. [loaTomy noruy-
HBIM KazaJioch MnpeanojoxeHue, yro Th Moryr oGna-
JIaTh CBOMCTBaMU XUAKOCTHU. OmHaKoO MexaHU4YecKasi
nzoJisinys Th u3 oountoB Xenopus nokasajia, 4TO OHU Be-
YT ce0s1 KaK TBepAble Tejla CO CTaOMIBbHOI CTPYKTYypoOii
(Boke et al., 2016). I1peapiayinne 37 KTPOHHO-MUKPOCKO-
MUYECKHUe KCCIICAOBAHMST YEJIOBEUSCKUX OOLIUTOB TaKXKe
rokasanu npucyrcreue duopuin B Th, ykaseiBast Ha co-
XpaHeHHe “TBeploit” aMuiaoumonogooHol npuponsl Th
(Hertig, 1968). OmHuM 13 BO3MOXHBIX OOBSICHEHUIA
chepuyeckoit popmel Th sIBIsIETCS TO, UTO 3TU M3HA-
YaJabHO XMAKHE 00pa3oBaHUS OBICTPO MepedOpMUpPY-
JOTCS B “TBepable” aMUIIOUIOIIONOOHBIC CTPYKTYPHI.

B nmomonmHenue x camoarperanuu XVelo Bzaumomeii-
ctByeT ¢ 6enkamu Tdrd6 m Rbpms2 (Nijjar, Woodland,
2013; Heim et al., 2014; Roovers et al., 2018). Tdrd6 npen-
cTaBjIsIeT coboii Oeok, cogepxkaiunii Tudor moMeH, 1 IB-
JIsieTcst KoMroHeHToM Tyt Piwi. OmHako Tdrd6 He TpeGy-
ercs st myty piPHK, a BMecTo 3Toro oH BaxkeH 115t oopa-
3oBanus [1T1K u crpykrypHOIi iemoctHOCTH Th.

Takum obpazom, Tb Xenopus sBasioTcst 6e3MeM-
OpaHHBIMHM “TBepIBIMU~ OMOKOHIEHCATAMU aMUJIOWI-
HOI Tiprpoabl. OCHOBHBIMU UX (YHKIUSIMU, TIO-BUIU-
MoMmy, saBIsTioTcs ornipeneneHne yuaum I1ITIK m mpo-
CTPaHCTBEHHOE CEKBeCTpHpOBaHUEe HeKOTOopbix MPHK
¥ 6eKOB JJ1s1 BDEeMEHHOTO CHUKEHUST UX aKTUBHOCTHU B
OOreHe3e.

31 6 oouumax MaeKonuUmMarowux

Jonroe BpeMsl CUMTAIOCh, UTO OOLIMTHI MJIEKOIUTA-
IOIINX, B OCHOBHOM, SIBJISIFOTCSI HETIOJISIPHBIMU KJIETKA-
MU U HE COIepKaT KaKUX-JIMOO CTPYKTYP, COOTBETCTBY-
rommx 31, a nuaus ITTT1K 3akmamgeiBaeTcs B pe3yabTaTe
MHAYKIMU curHainbHbIMU IyTssmMu BMP u WNT (de
Smedt et al., 2000; Cantu, Laird, 2013). OnHako oka3a-
JIOCh, UTO OOLIMTHI GOJBIIMHCTBA CyMUYaThIX MJIIEKOITUTA-
IOIINX, KPbIC, XOMSIKOB, MOPCKMX CBHHOK, KPOJIMKOB,
KO3, TIpUMAaTOB, B TOM YUCJIe U JIIOASH, UMEIOT pa3ind-
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HYIO MOJISIPHOCTh U cofepkat Th, cocTaBHBIM 2JIeMeH-
TOM KOTOpOTO siBJsieTcs nuage. OOHapy>XeHHbI€ CTPYK-
TYpPBI T10 YIBTPACTPYKTYPHBIM U JTUHAMUYECKUM Xapak-
TepuctukaM cxoxu ¢ Tbh Xenopus (de Smedt et al., 2000).
Cpenu Bcex MJIEKOIUTAIOIIUX 10 TOCTIEAHEro IeCATUIe-
TUSI BBIAEISUIMCH MBIIIN; CYUTATIOCH, YTO OHU SIBJSTIOTCS
HMCKJIIOYEHMEM U UX OOIUTHI He comepxkaT Th (de Smedt
etal., 2000; Kloc et al., 2004b, a). IlenuHr ¢ KoieraMu
(Pepling et al., 2007) ObUIM TTIEPBBIMM, KTO OIIHMCAI IIPU-
cyrctBue Th B 0OrOHMSIX HOBOPOXKIEHHBIX MbIIIEH U B
0OOolIMTaX MEPBUYHBIX (HOJITUKYIOB. ABTOPHI MOKa3asu,
yto Th saBisieTcst BpeMeHHOI CTPYKTYPOIi, KOTOpas pa3-
OupaeTcsi BO BpeMsl MO3MHero ooreHesa. TpexmepHas
PEKOHCTPYKLMS CTPYKTYphl Th mokasajia, 4To OOLMTHI
HOBOPOXIEHHBIX MblIlIeli He TOJbKO aCUMMETPUYHBI,
HO U MOJISIpHBI, KaK M paHHue oouuThl Xenopus (Kloc
et al., 2008). HecMOTps1 Ha 3TO CXOACTBO, OOIIAST CTPYK-
typa Th MbIu oTanyaercs ot Xenopus: y Ml Th He
COJIEP>KUT MUTOXOHAPUI, HO OKPYXEH KOMILJIEKCOM
Tonpmxu (Pepling et al., 2007). OgHaKO MUTOXOHIAPUU
WHOTJA JOKaJM30BaHbl Ha TOM XK€ CTOPOHE OOLIUTA, YTO
u Th. Hanpotus, Th B yejloBe4eCK1UX OOTOHUSIX CUJIBHO
oborameH mutoxoHnpusmu (Hertig, 1968). Heuspecrt-
HO, YYaCTBYET JIX Y MBI KOMIUIEKC ['OJbIKK B TIOJIS-
pu3aluM KaKUX-JIMOO MOJIEKYJ WJIM OpTraHesil Ha Bere-
TaTUBHOM TMOJIOCE OOLUTa. BO3MOXHO, UTO BE3UKYJIbI
koMmiuiekca I'onpmku B coctaBe Th comepxat ompene-
JIEHHbI€ KOMIIOHEHTBbl BHEKJIETOUHOIO MaTpukca Oie-
crseit odbonouku (zona pellucida) (El-Mestrah et al.,
2002; Hoodbhoy et al., 2006). Ecau 310 Tak, To, BO3-
MoxHO, Th ¢popMupyeT BpeMEHHYIO IOJISIPHOCTb OOLIY-
Ta MBIIIK, KOTOpask TpaHC(POPMUPYETCS B TOJSIPHOCTD
Onectsiieit 000J0YKM OOLIMTA 3a CUET CEeKpeluru KOM-
TMOHEHTOB OJiecTsiieit 00004k U3 KoMmruiekca I'onb-
xu (Kloc et al., 2008). Ipyroe mpearonoxeHue o GpyHK-
1y Th onupaeTcst Ha BO3MOXKHYIO B3aUMOCBSI3b MEXITY
HYMcTepHaMu KoMruiekca ['oiabaku Ha BereTaTuBHOM
MOJIIOCE U ACUMMETPUYHBIM MEHOTUYECKUM JIEJIEHUEM.
ITokazano, uto GM 130, pe3naeHTHBINA OEJIOK KOMILICK-
ca lN'onbaxu, cBI3bIBAETCH C MEMOTUYECKUM BEPETEHOM
U UTPaeT KIIOUEBYIO poJib (BO3MOXHO, Ojaromapsi ero
B3auMoeiicTBuio ¢ 6eakamu MAPK kackana) B opra-
HU3alUU Y TIOJISIPHON MUTpallMy BepeTeHa AeJIeHUs BO
BpeMs BbIIeJIEHUS TIEPBOTO TOJISIPHOTO TeJjla B CO3peBa-
o1ieM oouute MblM (Zhang et al., 2011). Takxe BbI-
CcKazaHo IPeaNoIoXeHe, YTO arperalns MUTOXOHIPU
BOJIM3U amnrapata ['oJabaku obsierdaeT UxX BOCHPUSITUE
CTPECC-CUTHAJIOB, UTO B KOHEUHOM WUTOT€ MPUBOIUT K
YCTpaHEHUIO MOBPEXISHHBIX MUTOXOHJIPUI U TPENoT-
BpalllaeT uX HacjiegoBaHue motoMcTBoM (Monnot et al.,
2011). Bo3MOKHO, TTOJIIPHOCTh OOTOHKUEB MBIIIIN CBSI3a-
Ha c opranusaiueit Th Bokpyr KjlacCU4eCKO 1IEeHTPpUO-
JIIPHOM 1LIEHTPOCOMBI, MPUCYTCTBYIOIIIEl Ha 3TOM cTa-
nuu. B mpoliecce pa3BUTUSI OOLIUTOB LIEHTPUOISIPHBIE
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IHECHTPOCOMBLI ITpEBpAaIiaroTCdaA B allCHTPUOJIAPHBIC, YTO
MOXKET OBITh H])I/I‘II/IHOfI ITOTCPU IMOJIAPHOCTH.

Monekyngpuslii coctaB Th MiekonuTalommx ceu-
Yac aKTUBHO UCCJEAYETCS, B IIEPBYIO OUYePEab Y MBIIIU 1
gegoBeka. MVH, romomnor Vasa y Meimieit, 0611 oOHapy-
KEH B OOLIMUTaX PABHOMEPHO pacIipele/IeHHBIM B [IUTO-
IiasMe, a B CIepMaTOLIMTaX ObUT CIIeIN(UIECKH JTOKa -
JIN30BaH B TNEPUHYKJICAPHOM XPOMATOMIHOM TeJie
(Toyooka et al., 2000). MVH accouumpoBaH co MHOTH-
mu 6enkamu, B ToM yuciae PADI6 u NLRPS5, snemenTa-
MU MaTepPUHCKOTO MOAKOPKOBOTO KOMILIEKCA OOLIMTA
(SCMC), a takxke oenkamu NLRPS u FILIA (Li et al.,
2008). Bce mepeuncieHHbIe OSJIKM SIBIISIIOTCS OeJIKaMu
OUTOILIA3MAaTUIECKNUX PEIIeTOK — KepaTUH-CoaepKa-
mero (puOpMUIIPHOIO MaTpUKca, OOHAPY:KEHHOTO Ha
pPaHHUX CTAIUSIX POCTA OOLIUTOB, KOTOPBI COXpaHSIETCS
mo ctaguu Onacroumctsl (Yurttas et al., 2008). MVH n
OeJIKY LIMTOIUIa3MaTUUECKHX PEIIETOK 00pa3yloT BMECTE C
piPHK PHII-xoMmiekchl B TpUMOPINATBHBIX (POJITAKY-
JIaX, KOTOPHIE BBIMOJHSIOT 2 (DYHKIIMU: UTPAIOT POJIb B pe-
TYJISILIMM PETPOTPAHCIIO30HOB, a4 TAKKE YUACTBYIOT B CEK-
BECTpALIMU XXN3HEHHO BaXKHBIX MATEPUHCKUX TPAHCKPUTI-
ToB (Hampumep, MTA/Dnajcll wmwm MTA/Spinl),
KOTOpBIE TPaHCIUPYIOTCI TI03XKe. MexaHu3M ITO3THei
TPaHCISINUM Peajiu3yeTcsl, Korma SKCIpeccus OelKoB
nuage npekpaiaercs, koandectso MVH yMeHbIaercs,
PHII xoMmmiexe nmcconmmpyeTt, a OeaKy MUTOIIa3Ma-
TUYECKUX PEIICTOK TEPEMEIIAIOTCS B OKOJIOSIIEPHYIO
obOsactb. Tam cBa3anublie umMmu PHK ocBobokmarorca u
moryT TpaHciaupoBaTbesa (Lim, Knowles, 2015).

Nuage y yemoBeka oOHapy:KeHBI TOJILKO B OOTOHUSIX
u B criepmatuaax (Hertig, 1968; Kotaja et al., 2006). Oc-
HOBHBIM MapKepHBIM KOMITOHEHTOM nuage SIBJISICTCS
romoJior Vasa y uenoBeka — DEAD-6okc PHK -xennka-
3a Ddx4 (Kotaja et al., 2006). Ddx4 uMeeT yIIMHEHHBIE
N- u C-KOHI1IbI, KOTOPBIE, KaK IPEaIojiaracTcs, Coaep-
xkat IDR (Forman-Kay, Mittag, 2013). N-koneu Ddx4
CIIOHTAaHHO CaMOAaCCOLIMPYyeTCsT KaK B KJIeTKaX, TaK U in
vitro. KoHIeHCHpOBaHHBIE KaIUT OeJIKa MMEIOT KUII-
KYI0 BHYTPEHHIOIO YacTh. MaeHTUOUIIMPOBAaHEI IBE BbI-
COKO KOHCEPBaTUBHbIE 00JIACTU B TTOCJIEIOBATEIBHOCTHU
Ddx4, koTopmie nemalOT BO3MOXHBIM 0Opa3oBaHUE
KUIOKWX Karleab: TToBTopstiomecs 0jioku n3 8—10 amu-
HOKHUCJIOTHBIX OCTATKOB C YePEAYIOIINMCS TIPOTUBOIIO-
JIOXXHBIMU 3apsgaMy U OOJIbIIOE KOJIMYECTBO (PeHUII-
anaHnH—TIIMINHOBEIX FGG M apruHUH—TIMIIMHOBBIX
RGG 110BTOpOB BHYTPH ITOIOXKUTEIHHO 3apsSKeHHBIX
OJIOKOB. DT 00JAaCTH OOHAPYKMBAIOTCI W B IIPOUYNX
oenkax ¢ IDR. Cxoxu n TIiporecchl peryJIsiiii KOHICH-
catoB. ObOpaszoBaHMe (a30BOro pasmelieHUs nuage 3a-
TPYIHSETCS NOCTTPAHCISIIUOHHBIMU MOAU(MUKALINSI-
MU, HalIpuMep, METUJIMPOBAaHEM apTUHUHOBBIX TOMe-
HOB B coctaBe DDX4 (Nott et al., 2015).

B paborax mociegHuX JIeT TIPEeajioKeH MPUHIINIIN--
aJIbHO HOBBIII MEeXaHM3M PEryjsiiuy KOHIeHcaToB. Teo-
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pust obpaTHOro (ha30BOro Iepexoaa 6asupyeTcst Ha Uiee,
gro Hu3Kkne KoHnneHTpaun PHK crmocodcTByroT 00pa3o-
BaHUIO KarleJb KOHICHCATOB, a 00jiee BHICOKME KOHIIEH-
tpanuy PHK mipuBomsiT K mx pacTBOpeHUIO, ITOCPEICTBOM
MexaHn3Ma nHBepcuM 3apsiaa (Banerjee et al., 2017).

DKcrnepuMEHTaJIbHO II0OKa3aHo, 4To Karuiu Ddx4
nuddepeHInaIbHO COMIOOMIM3UPYIOT HYKJIEUHOBBIE
KUCJIOThl. BHYTpU nuage KOHILIEHTpUPYETCsl OTHOLETIO-
yeuHast JIHK, B To Bpems Kak aByxiuernodyeyHas [JTHK B
3HAYUTEJILHOI CTEIIEH! HE MOoMajaeT B COCTaB Kamesb
(Nott et al., 2015). DTo cornacyercst ¢ PyHKIIUIMU TIPO-
neccunra PHK, kotopwie mpucyiim MHOTUM Oe3MeM-
OpaHHBIM OpraHeJIaM.

ITo umeromMMcsT Ha cerofHsl AaHHBIM, OCHOBHBIMU
(YyHKIMSIMU Nuage B OOTOHUSIX MJIEKOTTUTAIOIIMX SIBJISTIOT-
¢l TIoIaBJIeHHe TPAHCKPUIILIMY PETPOIIO30HOB, MHAKTHBA-
ung MPHK u B3auMozeiicTBue ¢ 0ejIKkaMu HUTOILIa3Ma-
tuueckoit pemerkn (Lim, Knowles, 2015). OnHako, B
OTJIMYME OT MYXKCKOTO TamMeTOoreHe3a, WHaKTUBaLIUS
OEJIKOBBIX KOMITOHEHTOB Nuage OOrOHUEB HE TIPUBOIUT
K O0ecruioguio (Lim et al., 2013). Takum o6pa3om, Bepo-
STHee Bcero, y mjekonuTtatomux 31" He CTOJIbKO BOBJIe-
4eHBbI B ripouecc onpeneneHus I1I1K, ckonbko ydyacTBy-
0T B MHAKTUBAIlUW PETPOITIO30HOB U CBSI3aHHBIX C HUMU
npolieccax peMoAeIUPOBaHUS XpOMaTUHA.

SAKITIOYEHHME

WccnenoBanust moOCIeTHUX JIET PACIIMPYIN HAIIU
3HAHUS O MOJIEKYJISIDHBIX MeXaHU3MaX, JIeKallX B OC-
HOBe COOpKM M (DYHKIIMOHUPOBAHUSI GUOMOJICKYIISP-
HBIX KOHAEHCATOB. MHOrMe u3 3TUX CTPYKTYp, B TOM
yucie u 3I°, obpasylorcst B pesyiabTare (a3oBoro mepe-
XoJIa “KUIKOCTb—KHUIKOCTDL” , BRI3BBAHHOT'O B3aIMOICH -
CTBUSIMA MHOTOBaJIEHTHBIX MOJIEKY1. HekoTophie KOH-
JIeHcaThl, Takue Kak Th cnocoGHbBI 06pa3oBbLIBaTh 6ojiee
IUIOTHBIE CTPYKTYPHI IO MEXaHU3MY (ha30BOro Iepexona
“XXNIKOCTh—TBEPAOE TEJIO” .

Cocras 31" MOXeT pa3anyaThCsl, OMHAKO €CTh XapakK-
TEPHBIN IJIs1 HUX Habop MapKepoB — KakK OeIKoB (ce-
meiictB Vasa, Tudor, Nanos, Dicer, Argonaute), TaKk u
PHK (MPHK, piPHK, pexe mi/siPHK), mo3Bomnsio-
muit guddepeHMpoBaTb 1 KJIacCU(MUIIMPOBATh pa3-
JIMIHBIE CTPYKTYpbl. OcHOBHBIMU (yHkOuamu 31 y
OOJIBPIIMHCTBA KMBOTHBIX SIBIISIIOTCS (hOPMHUPOBaAHUE
myJia KJIETOK 3apOAbIIIeBOM JMHUM U IIPOCTPAHCTBEH-
Hoe cekBecTpupoBanre MarepmHcknx PHK u Genkos.
Kpome Toro 3I' ygacTBYyIOT B KOHTpPOJE TPaHCISILINNA
MPHK m 3Kkcrmpeccn oToenbHBIX T€HOB, B TOM YHCIIE
MHAKTUBAIIUM PETPOITO30HOB. Peanmuzaiins 3Tux CBOMCTB
BO3MOXKHA, B TOM 4McJie, 61aromapst popMe XKUIKUX Ka-
nenb, XapakTepHoit mig 317, Tak Kak 3TO MO3BOJISIET MO-
JIEKyJIaM KOHIIEHTPMPOBAThCS B KOHAEHCAaTax, coxpa-
HSSI ¢ OKpyXKarollei cpenoil HenmpephIBHBIM OOMEH, He
3aTpyOIHEHHBIM MeMOpaHHBIM OapbepoM. Ho cBoiicTBa
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OMOKOHIEHCATOB OMNpPENCISIIOT M X (PyHKIIMOHAIBLHEIE
orpaHmyeHus. Maible MOJEKYIbI, TaKue, KaK HOHHI,
TPYOHO yIepXKUBaTh BHYTpH KOoHAeHcaTa. Kpome Toro,
OTCYTCTBHE MEeMOpaHbI 3aTPyaHSIET NOAACPKaHME B HIX
crabmrsHOTO pH. ITosTOMY, IBa cmocoba opraHM3aln
KJIIETKM — MeMOpaHHBIC OpraHeUIbl WJIM OMOMOJIEKY-
JISIPHBIE KOHIEHCAThI — JOIOJIHSIIOT IPYT APpYyra U BMECTE
MpPEeIOCTaBISIIOT MAaKCUMAaIbHBIE BO3MOXHOCTH IIJISI Op-
TaHM3alU1 KJIETOYHOI'O COACPKIMOTO.

BIIATOJAPHOCTHU

Mp1 ouens 6arogapssl I'.H. I[MTouykanuHoit 3a mojie3HbIe
COBETHI M 3HAKOMCTBO € KOHIIeTILIMEll nuage.
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GERM GRANULES IN ANIMAL OOGENESIS

M. A. Dobrynin® * and N. E. Enukashvily”
4[nstitute of Cytology RAS, St. Petersburg, 194064 Russia
*e-mail: dobrmakl555@mail.ru

In eukaryotic cells, many macromolecules are organized as membraneless biomolecular condensates. In their for-
mation, the leading role is played by the processes of phase transitions of the “liquid-liquid” and “liquid-solid” type.
Such condensates also include unique RNP granules characteristic of germ line cells which are termed germ gran-
ules. The review summarizes recent data on the composition of germ granules and their suggested functions. Accord-
ing to these data, germ granules are involved in the determination of germline cells in some animals. Germ granules
also take part in the processes of transposons inactivation and sequestration of mRNA and proteins to temporarily
decrease their activity.

Keywords: oogenesis, embryogenesis, germ granules, nuage, membraneless biomolecular condensates
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