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MHorue MophOoreHeTUYECKHE TIPOIIECCHI B XO/Ie OHTOTeHe3a ONPEIesIOTCS U3BMEHEHUSIMU B CTPYKTYpe U
GYHKIMSIX KIIETOK 3MOpHOHOB. HanOoJbliyi0 MIaCTUYHOCTh KJIETOYHOM OpraHM3aliuy IpyuaaloT G6e3mMeM-
OGpaHHBIC OpPraHeTbl WU OMOMOJIEKY/ISIpHBIE KOHICHCATHI, KOTOPBIE MOTYT (DOPMUPOBATHCS B SIIPE VI ITUTO-
I1a3Mme 1o MeXaHU3My paszieieHust (ha3 Ha rpaHulIe XXUIKOCThb-kuakocTsb (liquid-liquid phase separation). ['i6-
KOCTb OMOTeHe3a OMOMOJIEKYJIIPHBIX KOHIEHCATOB U BBICOKAst TMHAMMKA X KOMITOHEHTOB ITO3BOJISTIOT OBICTPO
MEHSITh KJIETOUHYIO OPTaHU3alIUIo, YTO BJIEYET 32 COOOI U3MEHEHMSI B CyIb0e KIIETOK, U, KaK CIeACTBUE, B X0
sMbpuoreHe3a. B 0630pe Ha IprMepe OTHOTO 13 TUIIOB 0€3MeMOPaHHBIX CTPYKTYP — MOJIOBBIX TPAHYJI, 00CYK-
JTaeTcsl CBS3b IIACTUYHOCTU KJIETOYHOM OpraHU3alliM ¢ peajii3aliueil poieccoB paHHEero SMOproreHes3a.

Kntoueswie crosa: 6GMOMONEKYISIpHBIE KOHIEHCATHI, TTOJOBbIE TPAHYJIbI, apPXUTEKTYPHBIE HEKOIUPYIOIINe

PHK, sm06puorenes
DOI: 10.31857/S0475145021020075

BBEAEHWE

OpraHeJuibl B KJIETKE MOXKHO TMOJApa3ne/UuTh Ha Te,
KOTOpbIE OKPY:KeHbl MeMOpaHaMu, U Te, Y KOTOPbIX
MeMOpaHa OTCYTCTBYeT. XOTs cpeny 0e3MeMOpaHHBIX
OpraHeJlJI €CTh OTHOCUTEJIbHO CTaOWJIbHbIE 0Opa3oBa-
HUSI C BBICOKO YHOPSIIOYEHHOM opraHu3anmeil (MUK-
pOTpYyOOUKM, LIEHTPUOIM, pUOOCOMBI), OOJBIIMHCTBO
TaKUX OpraHesul MPeACTaBIsIeT COO0I BHICOKO J1aOMITb-
Hble accolMaThl Pa3IUYHBIX MaKpOMOJEKY (Ipexie
Bcero, PHK u 6enkoB). Takue cTpyKTypbl MOTYT JIOKa-
JIN30BaThCs Kak B sape (SOpbIlIKKU, Teabla Kaxans,
TeJiblla TUCTOHOBOTO JIOKyca U T.A.), TAK U B LIUTO-
1iasme (cTpecc-rpaHyibl, P-rpanyisl 1 T.1.). Bce
9T CTPYKTYPbI MPEACTABIISIOT COOOI pe3yabTaT KOH-
JleHcaluu crienrduueckoro Habopa MoJieKya B Jio-
KaJIbHOU, He OorpaHWYeHHON MeMOpaHaMM 00JacTu
KJIeTKU. 15T 0003HaUeHUST TaKUX CTPYKTYpP YIOOHO
KCIO0JIb30BaTh YWUCTO OMNHWCATEbHBIM TEPMUH 0Oe3-
MembpanHbie opeanennst (boromobos, 2019). Ho B mmo-
cliefHVe TOAbI Yallle MCMOJIb3YIOTCSI TEPMUHBI KOH-
dencamut (Shin, Brangwynne, 2017) unu 6uomonerxynsap-
Hble KonOencamwt (Sabari et al., 2020), orpaxkarolme
KJII04eBOI MPUHIMM (hOPMUPOBAHUS 3TUX CTPYKTYP.

83

IIporieccel a3MOproreHe3a ConpoBOXKAAIOTCS (pop-
MUpPOBaHUEM CIIeHU(PUIESCKUX OMOMOJIEKYISIPHBIX
KoHaeHcaTtoB. Hanbonee U3BeCTHBIM IIpUMEPOM KJle-
TOYHOU muddepeHIMPOBKIA TAKOTO TUIIA SIBIISIETCS
¢hopMUIpOBaHMeE MOJOBBIX TPAHYJI, IPUCYTCTBUE KO-
TOPBIX OIIpeAesiecT OCOOEHHOCTU MOCISAYIONIE
CyIOBOBI KJIETOK, B KOTOPEIE 3TU I'PaHYJIbl ONAgaloT
(Voronina et al., 2011). buomoJiexy/sipHble KOHIECH-
caThl (POPMUPYIOTCS B pe3yabTaTe IIPOLIECCOB CaMO-
OpraHm3aluy, 4TO II03BOJISIET JIETKO M3MEHSTHh MX
opraHM3annio, TMOKO pearnpyss Ha TOTPEOHOCTH
KJIIETKM M YCJIOBUSI OKpyxarolieil cpenbl (Misteli,
2001). ITo-BugMoOMy, UMEHHO 3Ta TUOKOCTh U Aejia-
€T OMOMOJIEKYJISIDHBIE KOHIEHCAThl YIOOHBIM WH-
CTPYMEHTOM IJIsI PETYJISILUN CTPEMUTEIbHBIX U3Me-
HEeHMIi B Xo1e SMOpuroreHesa.

MEXAHW3MbI BUOTEHE3A
BMOMOJIEKVIIAPHBIX KOHIEHCATOB

BuoMonekynsipHble KOHIEHCATHl HE OKPYKEHBI
MeMOpaHaMM, YTO JeaeT BO3MOXHBIM MOCTOSIHHbBII
00MeH 00pa3yIoIINX NX MAaKPOMOJIEKYJT C OKPYKalo-
IIUM TIPOCTPAHCTBOM KIJIETKU (C HYKJIEOTJIa3MO
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Puc. 1. ®opmupoBanue 6e3mMeMOpaHHbIX opraHe/ul. OCHOBHBIM (DM3UYECKUM MPOLIECCOM, TTPUBOASILIUM K (DOPMUPOBAHUIO
OGMOMOJIEKYJIIPHBIX KOHACHCATOB, SIBJISIETCS pa3ieiieHue (a3 Ha rpaHULIe KUAKOCTb-XKUAKOCThb. B pedysibrare Takoro pasaelie-
HUSI, TIPOUCXOSIIETO 3a CYET CIa0bIX, HO MHOTOYMCIEHHBIX B3aUMOIECTBUIN MeXXIy OMOJOTMUYECKUMU MaKpOMOJIEKYJIaMK1
(PHK wu 6enku), nocturaercsi BbiIcokasi KOHUEHTpALMS HEOOXOIUMBIX KOMITOHEHTOB B COCTaBe CTPYKTYP, HE OKPYKEHHBIX
MeMmOpaHamu. [1pu 3TOM CTPYKTYpbI COXPAHSIOT BBICOKYIO IMHAMMKY, UTO BbIpaXKaeTcsl Kak B CITOCOOHOCTU CTPYKTYP OBICTPO
coOupaThbCst M pa3oUpaThCsl, TaK U B TOCTOSTHHOM OOMeHE MOJIEKYJI MEXIY CTPYKTYPOIi M OKPYXKAIOIIIUM MPOCTPAaHCTBOM (HYK-

JieoriasaMa ujin L[I/IT03OJ'[I:) .

WU IMTOo30J1eM). Takue CTpyKTypbl 00pa3yroTcs Mo-
CpPEeICTBOM IIpollecca, U3BECTHOTO KaK pasliesieHue
¢da3 Ha TpaHUIE XUIKOCTh-XKUAKOCTh (liquid-liquid
phase separation) (Banani et al., 2017; Sabari et al.,
2020; Shin, Brangwynne, 2017). YtoOn1 pa3neneHue
¢a3 mpoucxoauyno B KJeTKax, KOHLEHTpallUM MaK-
POMOJIEKYJI, KOTOPbI€ COCTaBJISIIOT OMOMOJIEKYJISIP-
Hbl€ KOHJIEHCAThl, TOJKHBI MPEBBIIATH UX KOHIIEH-
TpallMi HACHIIIEHUS UM “TIpele] pacTBOPUMOCTH
B LIMTOIU1a3Me uiu HykJeoruiadme (Courchaine et al.,
2016). Huxe 3TOro ypoBHSI MOJIEKYJIBI PACTBOPSIIOTCS
B OKPY2KaloOllleM KJIETOUHOM pacTBOpe U (hopMupoBa-
HUE CTPYKTYp He TMpoucxoauT. Eciin KoHLeHTpauus
HaCBILLIEHUST TPEBbILIEHA, AOTMOJIHUTENbHbIE TMOJIM-
MEpHbIE 1IeNU KOHACHCUPYIOTCS B CBOEOOpa3Hble
KUAKUE KAy, 4TO BeAeT K yBEIMYEHUIO pa3Mepa op-
raHes1. [Ipu aToM, MakpoMOJIeKyJibl BHYTPU U BHE
OpraHeJul NOCTOSTHHO OOMEHUBAIOTCS U HAXOASTCS B
paBHoOBecuu (puc. 1).

buomMornexkynsipHble KOHIEHCAThl MOTYT 00Opa30-
BbIBAaTh TOMOTE€HHBIE IO BHYTPEHHEN CTPYKType 00-
pa3oBaHUsI, HO YacTO OHM MPEACTaBISIOT COOOI
CJIOXKHBIE IO apXUTEKTYPE reTepOreHHbIE CTPYKTYPHI,
UMeEIOIIEe HECKOJIBKO 000CO0JIEHHBIX YacTeil, oopa-
30BaHHbBIX HECMEIINBAIOLIMMUCS MEXIy co0oii ha-
3amu (Shin, Brangwynne, 2017). B vactHOCTH, TIpEn-
CTaBJIEeHbI JAHHBIE B MTOJIb3Y TOTO, YTO OCJIKH SIAPHILI-
Ka CIocOOHbI (hOpMUPOBATHL 000COOIEHHbIE (asbl,
YTO JIEXKUT B OCHOBe (hOPMUPOBAHUS CIOXHOM
cTpyktyphl siapsiiika (Feric et al., 2016).

BroMoekyasipHble KOHIEHCAThI MOTYT TUOKO pe-
armpoBaTh Ha KoJiebaHus TeMIepaTypbl, pH 1 ocMmo-

JIIPHOCTH, II03TOMY HEKOTOpPEIE M3 I'paHyJ obpa3y-
[oTcs B ycaoBusix crpecca (Palangi et al., 2017). Ha-
OpuMep, W3MEHEHHE TOHUYHOCTH OKpYXKaIoIIeh
KJIETKH CPEObl MOXKET IPUBOIUTH K U3MEHEHHUIO 00b-
eMa KJIeTKU, T.€. BIMITh Ha KOHIEHTPALIIO MaKpO-
Mosekya. Tak, mepeBol KJIeTOK B TMIIOTOHUYECKUE
YCJIOBUSI TIPUBOAUT K pa30opKe siaphiliek (Zatsepina
etal., 1997a), a mocaenywoluii BO3BpaT B UBOTOHUYE -
CKUe YCI0BUS TIPUBOIUT K (POPMUPOBAHUIO U3 KOM-
MOHEHTOB Pa300paHHBIX SIAPHIIIEK MHOTOYMCIEHHBIX
TeJIell, KOTOphbie ObUIM Ha3BaHBI MHTEp(Ma3HBIMU IIPO-
saapeliikaMmu (Zatsepina et al., 1997b). AHaTOrMYHBIM
00pa3oM, IIepeBOI B TUIIEPTOHUIECKNE YCIIOBUS MH-
Iynupyer (GopMHpOBaHNE OMOMOJIEKYJISIPHBIX KOH-
neHcatoB B muroriazme (Bounedjah et al., 2012;
Aulas et al., 2017; Jalihal et al., 2020). ITo-BugumMomy,
CXOJIHBIC MEXaHU3MBbI PEan3yIOTCSI U B TIOJOBBIX
kietkax. Tak, mpu 3agepxke oByasiuun y Caenorhab-
ditis elegans B oounutax (popMUPYIOTCSI KpYyIHbIE
PHII-rpanyinsl, koTopsie cogepxat PHK-cBs3biBaro-
e 6enky 1 MaTepuHckrne MPHK, monBeprarommecs
TpaHCIIIUOHHOM perpeccuu (Jud et al., 2008). ®op-
mupoBaHue cxomHbix PHII-rpanym MozkeT OBITH MH-
JIYLIMPOBAHO 1 B HOPMAaJIbHBIX OOLIMTaX MO JeCTBU -
€M TEIUIOBOTO III0Ka, OCMOTHYECKOIo CTpecca WU
aHokcuu (Schisa et al., 2001; Jud et al., 2008; Noble
et al., 2008; Patterson et al., 2011), 4TO OYeHb CXOITHO
C MHOYKIMEH cTpecc-rpaHyl B KJIETKAaX MJICKOIIMTA-
romux (Corbet, Parker, 2019), a Takke cTpecc-TpaHyJ
n P-tenen y mpoxckeit (Buchan et al., 2011; Shah
et al., 2013).
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®dopmMmupoBaHe 6e3MeMOpPaHHBIX CTPYKTYP 3aBU-
CUT B HanOOJIbLIEH CTEIIEH! OT ABYX TUIIOB B3aMO-
JIEeMACTBUIT MeXny OMOJIOTMYECKUMM MaKpOMOJIEKY-
JTamu. bonbyo poas B (hopMUpOBaHUN KOHIOEHCA-
TOB UI'PalOT MYJbTUBaJIEHTHbIE O€JIOK-0eI0K 1/WiIu
oenok-PHK B3anmopeiicteus (Li et al., 2012; Banani
et al., 2016). Takke 6MOMONIEKYJISIPHbIE KOHIEHCATHI
coaepxKar OOJIbIIIOEe KOJMYECTBO OEJIKOB, B COCTaBe
KOTOPBIX IIPUCYTCTBYIOT YYACTKU C HU3KOM CIIOKHO-
cteio (low sequence complexity domains), B KOTOPBIX
coJiepKaTcss MHOTOUMCJIEHHbIE TTOBTOPHI KaK OTACb-
HBIX aMUHOKHUCJIOT, TAK 1 aMUHOKUCIOTHBIX MOTH-
BOB. DTH O€JIKM OTHOCST K IpyIIIe BHYyTPEHHE HEYIIO-
psnoueHHbIX OenkoB (intrinsically disordered pro-
teins), KOTOpbIE COIEepKaT IIPOTSKEHHBIE YYacTKMU,
He HMEIOIINEe YETKO BBIPaXXEHHON KOHMOpMamuu
(Tompa, 2012). HeynopsimoueHHbI€ Y4aCTKM MOTYT
c1ab0 B3aMMOIENCTBOBATL APYT C APYrOM, U TaKUe
cllabble MYJbTUBAJICHTHBIE B3aUMOIEMCTBUS SIBIISI-
IOTCSI OMHOM 13 NBUXKYIIIUX CUJI pasaeieHus das (Ka-
to et al., 2012; Lin et al., 2015; Molliex et al., 2015;
Nott et al., 2015).

B dopMupoBaHuM MHOTMX OMOMOJIEKYJISIPHBIX
KOHJ/IEHCAaTOB BEIYLIyI0 pOJib WrpaloT MOJIEKYJIbI
PHK (Mao et al., 2011; Shevtsov, Dundr, 2011; Kato
et al., 2012), a Beixog Mmonekyn PHK u3 cTpykryphl
MOXeT BecTu K ee pa3dopke (Carron et al., 2012;
Musinova et al., 2016). Momekyner PHK noctatouno
BEJIMKM, YTO TMO3BOJISIET UM BBICTYIaTh CyOCTpaTom
IUIST MYJBTUBAJICHTHBIX B3amMopeiictBuii (Falken-
berg et al., 2017). LleHTpoM HyKJIealluu GUOMOJIEKY-
JIIPHBIX KOHJEHCATOB MOTYT BBICTYNAaTh KOIUPYIO-
mue PHK, kak 310 mpoucxoauT B ciydae TeJiel] TUCTO-
HOBOTO JIOKyca, (hOPMUPOBAHUE KOTOPHIX 3aBUCUT OT
tpanckpurinu MPHK kxopoBbix ructoHoB (Shevtsov,
Dundr, 2011). buoreHe3 HEKOTOPBIX OMOMOJICKYJISIP-
HBIX KOHAEHCATOB 3aBUCUT OT IMPUCYTCTBUSI CTIELINANb-
HbIX Hekonupyommx PHK, KoTopbie urparmoT cTpykK-
TypHy10 ponb. Takne PHK wHorma HaswIBaloT apxu-
TekTypHbIMM (architectural RNA, arcRNA) (Chujo
etal., 2016).

ITOJIOBBIE I'PAHVYIJIBI

ITonoBbie rpaHysibl MPEACTABISIOT COOOM LIMTO-
IUia3MaTuyeckue OUOMOJIEKYJISIpHbIE KOHIEHCATHI,
HeoOxoauMble ISt AUd(HEepeHIIMPOBKU KIETOK ITO-
JIOBOI1 TMHUM. DTU OpraHeJUIbl ObLIN OOHAPYXXEHEI B
LIMTOIJIa3M€ MHOTUX XKMBOTHBIX, U XOT$l COCTaB IO~
JIOBBIX TpaHyJ BapbUpyeT B 3aBUCUMOCTU OT BHUIA,
oenku Vasa, Tudor u Argonaut oOHapy:KMBaIOTCS B
coctaBe rpanyn ot C. elegans no denoseka (Gao,
Arkov, 2013).

Y pa3HbIX OpraHU3MOB ITOJIOBBIE TPAHYJIbl MOTYT
HOCHUTb pa3Hble Ha3BaHWS, HO BO BCEX CJIydasiX OHU
coaepxar marepuackne MPHK, HeoOxommMmebie mis
crieuM@UKAILMKU TI0JIOBBIX KJIETOK, W OMNpPEIeIsTIoT
BpeMs TpaHcassuuu MPHK, 4To6bI cmocoG¢cTBOBATh
YCTAHOBJIEHUIO JIMHUU TIOJOBBIX KJIETOK y PaHHUX
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smbpuoHoB (Marnik, Updike, 2019; Trcek, Leh-
mann, 2019; Lasko, 2020).

ITOJIOBBIE T'PAHVYIJIbI
Y Drosophila melanogaster

O06pa3oBaHMe MTOJOBBIX KIETOK Y HACEKOMBIX -
TEePMUHUPYETCS PACIIONOXKEHHOM Ha 3aTHEM TOII0Ce
sIIpa TOJIOBOM 11a3Moit (puc. 2). Ye paHHHE 3JIeK-
TPOHHO-MMKPOCKOTIMYEeCKHEe paboThl MaxoBasia mo-
Kazaju, YTO MOJIOBasl IUla3Ma CONEP>KUT MHOTOYMC-
JICHHbIE TPaHyJbl, KOTOPbI€ Y HACEKOMBIX Ha3bIBaIOT
MoJIoBbIMU Tpanysiamu (Mahowald, 1962). @opmupo-
BaHUE rpaHy] U crielinpUrIecKoe HAKOIUIEHUEe B HUX
MaKpOMOJIEKYJI UMEET peliarolee 3HaueHue s pop-
MUWPOBaHUS TIOJIOBBIX KJIETOK Yy npo3oduinbl. Hampu-
Mep, SMOPUOHBI, B KOTOPBIX HE (DOPMUPYIOTCS TPaHy-
JIbI WM (DOPMUPYIOTCSI MaJIEeHbKHE TPaHyJIbl, HEe oOpa-
3YIOT TTOJIOBBIX KJIeTOK (Arkov et al., 2006).

@dopMmupoBaHUe MOJOBLIX rpaHyn y Drosophila
melanogaster 3aBucutr ot MPHK osk, koropas Hakar-
JIMBAETCS B 3aIHEN 00JIaCTU OOLIMTOB M PAHHUX SMOpPHU-
oHoB (Lehmann, Niisslein-Volhard, 1986; Ephrussi,
Lehmann, 1992). Pa3suBatoiiuiicsi ooluT Ap0o30¢huiibl
OKPYXEH TUTAIOIIMMU KJIETKaMM, KOTOPhIE CBSI3aHbI
MeXITy co00ii 1 ¢ oortuToM KaHajgaMu. DyHKIIMS IT1Ta-
IOIINX KJIETOK COCTOMUT B TOM, YTOOBI CMHTE3UPOBATh
MPHK, Gesnku u apyrue martepuayibl, HEOOXOIUMBIE
IS paHHETO pa3BUTHSI, U IEIIOHMPOBATh UX B PACTy-
mem oouute. MPHK osk cunTe3upyercs nurarommmu
KJIETKaMU, a 3aTeM TMOCTyIaeT B ooluT. TpaHcmopT B
OOLIUT TPAHCKPUTITOB 0sk 1 HEKOTOPBIX Apyrux MPHK
3aBUCHUT OT KOPTUKAIBLHBIX MUKPOTPYOOUEK M aKTHB-
HOCTM JuHenHOB U KuHe3nHoB (Glotzer et al., 1997,
Bullock, Ish-Horowicz, 2001; Sinsimer et al., 2013), a
HaKOIUIEHME TPAHCKPUIITOB osk 3aBUCHUT oT F-akTu-
Ha (Sinsimer et al., 2013).

OnHako, ecjiu TPaHCIIOPT 3aBUCUT OT 3JIEMEHTOB
LIUTOCKeNIeTa, (opMUpOBaHUE TpaHyJd 3aBUCUT OT
B3aUMOIEHCTBUSI TPAHCKPUNITOB 0Sk APYT C IPYTOM.
MHTepecHo, YTO B 3T B3aUMOJIEHICTBUSI BOBJIECUYEHBI
KOMITOHEHTHI KOMILUIEKCca CpallliBaHUsI 9K30HOB (eX-
on-exon junction complex), 61arogapst 4emy B IIOJIO-
BBbIX TpaHyJlax HaKaruIMBalOTCS TOJbKO CILIaiicupo-
BaHHble TpaHcKpuliThl (Hachet, Ephrussi, 2004).
Kpowme Toro, ¢ osk cBsizbiBaloTCsl (haKTOPbI, PETyJIu-
pytonire TpaHcasgunio, HanmpuMmep, PHK-cBs3prBato-
muit 6esjok Bruno, KOTopwIil pernpeccupyeT TpaHC-
Jsmio B xone TpaHcemoprta (Castagnetti et al., 2000;
Chekulaeva et al., 2006; Kim et al., 2015) u ongHOBpe-
MEHHO CITOCOOCTBYET OJIUTOMEPU3aLINY TPAHCKPUII-
toB MPHK (Chekulaeva et al., 2006).

Ha 3angnem nomoce oouuta MPHK osk Tpanciu-
pyeTcs B IBe n30(DOPMEI OeJIKa: IIMHHYIO U30(hopMy,
HaseiBaeMyro Long Oskar, 1 KOpoTKyo 130¢popMy,
Ha3beiBaeMylo Short Oskar. B hopmMupoBaHuu 1moso-
BBIX TPaHyJI KIIFOUEBYIO POJIb UTPAET KOPOTKAS U30-
¢dopma 6enka Oskar (Markussen et al., 1995). Oskar
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Puc. 2. OpraHuzauusi oJIOBbIX I'PaHyJl B paHHeM pa3BuUTUU D. melanogaster. B TOJIBbKO YTO OTUIOAOTBOPEHHOM STiille TPaHyJIbl
pPaBHOMEPHO pacrpeesieHbl 1o MOJIOBOM 11a3me, yepe3 1.5—3 4 Ha 3aaHeM KOHILIe SMOprMOoHa (POPMUPYIOTCS MOJISIPHBIC TTOY-
K1, KOTOPBIE TTIOTOM CTaHOBSITCS OJIIPHBIMU KJIETKaMHU. B TTOJISIpHBIX TTOYKaX MOJIOBBIE TPaHYJIbI PACcIIoiaraloTcsl OKOJIO siiep,
BO BpeMsi 00pa30BaHMsI MOJISIPHBIX KJIETOK AOTOIHUTEIbHO (POPMUPYIOTCS SIAEPHBIE MOJOBBIE TPAHYJIbI.

B3aUMOJIEMICTBYET C elle¢ OJHUM OEJKOM II0JOBBIX
rpaHys — Vasa, 9TO SIBJISIETCS, TO-BUINMOMY, KITIO-
YeBBIM COOBITUEM B (DOPMHUPOBAHUU ITIOJOBBIX Tpa-
Hyn (Breitwieser et al., 1996). [Toka3zaHo, 4TO KOpOT-
Kas n3odopma 6enka Oskar crmrocobHa (hopMUpPOBaATh
TpaHyJIBl B OTCYTCTBUE APYTMX KOMITOHEHTOB TTOJIO-
BBIX TPaHYJ B KYJIbTUBUPYEMbIX KJIETKaX Ip030(PUIb 1
xiretkax denoseka (Kistler et al., 2018). Dra croco0-
HOCTB 3aBUCHUT OT IIPUCYTCTBHS B O€JIKe BHYTpeHHE He-
yropsitoyeHHbIX ydacTkoB (Krishnakumar et al., 2018).

BaxHyto poab B GOpMUPOBAHUU TIOJIOBBIX TPAHYJI
takke urpaetr 6ei1ok Tudor (Thomson, Lasko, 2004;
Arkov et al., 2006), koTopblii conepxxut 11 momeHoB Tu-
dor, CITOCOOHBIX CBSI3BIBATH CUMMETPUYHO TUMETUIN-
pOBaHHEBIEe aprUHUHBL. Tudor cBs3bIBaeT OEJIKU, B CO-
CcTaBe KOTOPBIX €CThb METWIMPOBAHHbIE APTUHUHBI,
HanpuMmep, 6e1ok Aubergine (Kirino et al., 2010b; Liu
et al., 2010), koTopniii cBsi3biBaeT piRNA. MeTunu-
pOBaHbIe ApTUHUHBI €CTh TAKXKE B cOcTaBe Gejika Vasa
(Kirino et al., 2010a).

YXe B paHHHUX 3JIeKTPOHHO-MUKPOCKOITNYIECKUX
paboTtax OBLIO MMOKa3aHO, YTO MOJIOBbIE T'PAHYJIBI Y
D. melanogaster nMe10T HEOMHOPOIHYIO CTPYKTYPY,
BO BpeMsI ooTeHe3a OHU COCTOST M3 TpaHyJl pa3Me-
poM 150—200 HM u comepxkart 0ojiee MEJKU rpaHy-
JIIPHBIN MU GUOPUIUISIPHBINT KOMITOHEHT, a TaKXKe
JacTO MMEIOT ITOJIOCTh B HeHTpe (Mahowald, 1962).
ITokazaHo, uto 6enku Aubergine u Tudor opmupy-
IOT B TTOJIOBBIX TpaHyJIaX YaCTUYHO TTepEeKPHIBAIOIIH -
ecs dasbl, a mociae GOPMUPOBAHUS TTOJTOBBIX KIIETOK
B I'paHyJax O0ejloK Aubergine pacriojaraeTcss BOKpyr
kiacrepa 6enka Tudor (Vo et al., 2019). T.e. mojioBbIe
rpanynbl D. melanogaster MOTYT TIpEICTaBIISITh COOOM
reTeporeHHble KOHAEHCATBl C COCYIIECTBYIOIIUMU
IBYMSI (hazaMu.

DyHKIMS TIOJOBBIX TpaHyJl OCYIIECTBIsIETCS 3a
CUeT HAKAIUIMBAIOIIVXCSI B X COCTaBe MHAKTUBUPO-
BaHHBIX TpaHCKpUNTOB pasnmmuHbix MPHK. B momo-
BBIX TpaHyJaxX creluuuyecky HaKaruiMBaeTcsl Mpu-
o6mu3urenbHO 200 Tummos mosiekyia MPHK (Frise et al.,
2010). Hekortopsie u3 atux MPHK konupyiot 6enku,

KOTOpPBIE UTPAIOT BaXKHYIO POJIb B IIpOIeccax pa3Bu-
tus. Tak, 6enok Nanos yuyacTByeT B GOpMUPOBaAaHUU
nepenHe-3alHero rpaiueHTa, KOTopblii HeoOXoauM
JUISI 3aKJIaJKU MepeaHe-3aaHeil ocu amopuoHa (Ga-
vis, Lehmann, 1992). Hakomnenue MPHK cBsi3aHo
¢ nuddysueil MoJIeKyJ U TTOCTEAYIOIIMM UX 3asKO0-
puBaHnueM (entrapment) BHyTpu rpany’ (Forrest, Ga-
vis, 2003). MuTepecHo, uto pasnmuuyHbie MPHK o6pa-
3yIOT TaK Ha3bIBa€Mble T'OMOTMUITMYECKHE KJIACTEpHI,
T.e. ckorieHus1 mosiekyl MPHK omHoro tuna (Trcek
et al., 2015). [To-BunuMoMy, CHa4YajIa B TpaHyJIbl BKITIO-
qarotcs eqnHIIHbIe MosieKyJibl MPHK, koToprie 3atem
PEKPYTUPYIOT IOMOJHUTEIbHBIE TPAHCKPUMTHI TEX XK
TeHOB, UTO BeleT K (pOpMUPOBAHUIO KJIACTEPOB MOJIe-
kyn MPHK (Niepielko et al., 2018). MexaHnu3msl ¢op-
MHUPOBaHUSI TOMOTUIIMYECKUX KJIACTEPOB MaJIONO-
HATHBI. C OIHOII CTOPOHBI, HEKOTOpPbIC OaHHBIC
TOBOPST O TOM, YTO (POPMUPOBAHKE TAKUX KJIACTEPOB
3aBUCUT OT MPUCYTCTBUS OCOOBIX MOCIEN0BATEIBHO-
creif B 3' HEKOMMPYIOIINUX PETMOHAX TPAHCKPHUIITOB
(Eagle et al., 2018), npyrue naHHbIe CBUACTEIbCTBYIOT
B TIOJTb3Y TOTO, 4TO (DOPMUPOBAHME KIIACTEPOB HE 3aBU-
CUT OT NpucyTcTBUs B MoJjieKyiaax MPHK kakux-mm6o
CHelMaTbHbBIX MTOCIEA0BaTEIbHOCTEN, a MPENCTaBIISIET
coboit 00ocobsieHrne OO0OoralleHHbBIX pa3InYHbIMU
MPHK a3 BHyTpu 3apomsbineBbix Tpanya (Trcek
et al., 2020).

Takxe HEOOXOIMMO OTMETUTH, YTO B SMOpPUOHE
MOTYT (DOpMUPOBATLCS /Ba TUIIA MOJOBBIX TPaHYJI:
LIMTOIIa3MaTUYeCK1Ee TPaHyJibl, TAKXKE Ha3blBa€Mble
“TOJISIPHBIMU TPaHyJIaMU”~’, KOTOPbIE€ CBSI3BIBAIOTCS C
mosekyiamu MatepuHckoit MPHK 1 crmoco6ceTBytoT
00pa3oBaHMIO MEPBUYHBIX MOJIOBbIX KJIETOK, U BHYT-
pUSIIEpHBIE TIOJIOBBIE TPaHYJbl, KOTOPbIE CIOCOO-
CTBYIOT MUTOTHYECKOMY ACJCHUIO IEPBUYHBIX TTOJIO-
BbIX kJeTok (Kistler et al., 2018) (puc. 2). @opmupo-
BaHHWE OOOMX TUMOB TpaHyJ 3aBUCUT OT KOPOTKOM
n3odopmel 6eaka Oskar.
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Puc. 3. ®opmuposanrie P-rpanyny C. elegans. P-rpaHyJibl pacriofiaraloTcst Ha TOBEPXHOCTH SIIEP B KJIETKaX-TMPEAIIeCTBEHHM -
Kax OOILIMTOB, KO BPEMEHU CO3PEBAHMSI OOLIUTOB P-TpaHyIibl OTHEISIOTCS OT SIAEP M PACIIPEIEISIOTCS 10 IUTOIUIa3Me. Y OIHO-
KJIETOYHOTO 3MOpHOHa P-TpaHyIIbl pacIioiaratorcs B 3aHEi 4aCcTH, TaKasi HEpaBHOMEDPHAS JIOKAINU3ALNS COXPAHSIETCS B TTO-
cleayloNe AejeHusT KIeToK. Mexmy 2 ¥ 8 KJIeTOYHOM CTaauu, Ha MOMEHT 00pa3oBaHus mpuMepHO 100 KJIETOK, TpaHyIIbl
OIISITh HAYMHAIO JIOKAJIM30BAThCSI HA IOBEPXHOCTH SIIEP UM HA BTOM cTamuy (hOPMUPYETCS TPU TUITIA TPaHyJIbl — P-rpaHyibl,

Z-rpanynsl 1 Mutator foci.

P-TPAHVIJIBI Caenorhabditis elegans

IMonoBwie rpanyibl C. elegans Ha3bIBalOT P-rpaHy-
JIaMHM, TaK KaK 3TU IpaHy/Ibl HAaKaIuIMBaIOTCS B 0J1aCTO-
Mepax, U3 KOTOPbIX (hDOPMUPYIOTCSI MOJIOBbIE KJIETKH
(P-muuust). P-rpaHynbl OpUCyTCTBYIOT B JIMHUM OJIO-
BBIX KJIETOK Ha IIPOTSDKEHMM BCEro IIMKIIA KM3HU
yepBs (puc. 3). OHU pacnojararoTcsi Ha MOBEPXHO-
CTH sifiep NPEeOIIeCTBEHHUKOB OOIIMTOB, KOTOPEIC
GopMUPYIOT CUHIUTUI, HO MOCJIE HEJUTIOJISIpU3aii
MOCTEINEHHO pacnpeaesiorcs no uutoriasme. Ilo-
cJie OIUIOAOTBOPEeHMsI P-rpaHyiibl cocpemoTaynBaioT-
Cs Ha 3aIHEeM KOHIIE KJIETKHM, aCCUMETPUYIHOE pac-
npenejieHue P-rpaHyn MOBTOpsieTCSl B T€YEHUU TO-
CIIENYIOIINX YeThIPeX KJIETOUHBIX [EJICHUIl, YTO B
WTOTE TIPUBOOUT K (opMupoBaHuio P-0iacTtomepa,
KJIETKM, OTBETCTBEHHOM 3a pa3BUTUE MOJIOBOM JTUHUU
(Seydoux, 2018). Mexny 2 1 8 KJI€TOYHOI CTaguM Ipa-
HYJIBI OITSITh HAYMHAIOT JIOKAJIM30BaThCsS Ha MOBEPX-
HOCTU siep, MpUYEeM UMEIOTCST JaHHbIS, YTO Ha 3TOM
cranuu GOpMUPYETCs TPU TUIIA TPaHyJI — P-rpaHyiisl,
Z-rpanyasl 1 Mutator foci (Wan et al., 2018).

ITocne omnomoTBOopeHMs B 3urote P-rpanymsl ne-
MOHCTPUPYIOT JUHAMWYHOE IIOBEIACHMUE, OHM IIO-
CTOSTHHO TNEpEMEIAIOTCSI C¢ TOKOM IIMTOIIAa3MBbl
(Hird et al., 1996). I1purueM, MOTOKM TPaHys OT Iie-
pelHero KoHIla K 3aJlHeMy 1 00paTHO ypaBHOBEIIIe-
HBI: 10 XOAy ABMKEHMUSI OT 3aJHET0 KOHIIA K ITepeaHe -
My P-rpaHysbel mocTerreHHO pa3oupaioTcst, 1 HA00OpOT

OHTOTEHE3 Ne 2

TOM 52 2021

10 Mepe IBIKEHMsSI MaTepuajia P-rpaHyn K 3amHeMy
KOHILy KoHAeHcupylorcs (Brangwynne et al., 2009).

P-rpanyibl reTepOreHHsI 10 JIOKAIU3aluu U, Be-
POSITHO, GYHKIUSAM. DTO T€TEPOT€HHOCTh CBsI3aHa C
MPUCYTCTBUEM OEJIKOB C BHYTPEHHE HEYITOPSIAOYECH-
HBIMY JOMEHAMU Pa3HBIX TUIIOB, KOTOPhIC OTBEYAIOT
3a OCOOEHHOCTU (POPMUPOBAHUSA U (PYHKLIMOHUPO-
BaHus1 P-rpanyi. Tak, 6enku GLH-1, GLH-2, GLH-4,
RDE-12 u DDX-19 conepxar FG-moBTOpHI, KOTO-
pele cxomHbl ¢ FG-moBTOpaMu HYKJIEOIIOPUHOB
(Sheth et al., 2010). B cuHunTUmM, chopMUpPOBAaHHOM
MOJIOBBIMU KJIETKaMU, P-rpaHyJsibl CBSI3aHBI C SIIPOM,
HEMOCPEICTBEHHO KOHTAKTUPYS MPU 3TOM C SIIep-
HeiMu nopamu (Pitt et al., 2000). FG-HykIIeormopuHbI
0o0pa3yloT 6apbep B LICHTPAJbHOM KaHaje sIIepPHOM
MOpHBI, Yepe3 KOTophlii mpoHukaioT 6eaku 1 PHK B
xoje saepHoro a3kcnoprta 1 umIiioprta (Hayama et al.,
2017; Zilman, 2018). P-rpaHyiabl KOHTPOJIMPYIOT IIPO-
HUKHOBEHHE B LIMTOILIA3My MOJIOBBIX KJIETOK TpaH-
CKPUIITOB HEKOTOPBIX T€HOB, KOTOPbIC BOBJICYECHHI B
npouecchl (PYHKIIMOHUPOBAHUS COMATHYECKUX KIle-
TOK, T.€. BBICTYIIAIOT B KauyeCTBE peryasTtopa TpaH-
KpurToma TojioBeIX KieTok (Knutson et al., 2017).
Kpome Toro, y C. elegans HyKieonoprMHbBI HEOOXOI-
MBI [IJ1s1 obecIieueHusI accolauny P-rpaHyn ¢ simep-
HbiMu mopamu (Updike, Strome, 2009), a romosor
HyKJIeoIToprHa Mo03BOHOYHBLIX Nup98 (CeNup98)
JIOKaIM3yeTcsl TaKXKe U B IEpUHYKJIeapHbIX P-Tpany-
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JIaX CUHIWTHUS JTAHUU TOJOBBIX KJIETOK, B KOTOPBIX
CeNup98 cBsizaH ¢ TPAaHCKPUITLIMOHHO PEIpPecCUpo-
BaHHoit MPHK nos-2 (Voronina, Seydoux, 2010). ITo-
BUIMMOMY, 3Kkcrioptupyemass MPHK momanaer m3 1mo-
pHI cpa3y B P-rpaHyibl, KOTOpbIe HAKAIUIMBAIOT 00JIb-
e konrdectBa MPHK B ellle HEaKTUBHBIX MOJIOBBIX
KJIETKaX, W IIPEAITOJI0XKUTEILHO PeIIPECCUPYIOT TPAaHC-
Jisio 3tux PHK (Sheth et al., 2010).

HexkoTtopsie 6enku P-rpaHyi cogepxat 6oJjiee nin
MEcHee MPOTSLKEHHBIE YJacTKM, OOOTrallleHHbIE II0-
TBOpaMu apTMHUHOB U IMUUHOB (RG- mmm RGG-
MOTHUBBI). ApruHUHBI B cocTaBe Kak RG Tak 1 RGG
noBTopoB MeTwmpylorcss (Thandapani et al., 2013),
TakKe U1 HUX XapakTepHa Hecrienmmdunyeckas PHK-
cBs3bIBaroiiast aktuBHocTh (Chong et al., 2018). Takue
MoBTOPHI ecTh B Oeikax PGL-1 u PGL-3, a Takke B
oenke LAF-1. JIog stux 6eJKOB MOKa3aHa CIIOCO0-
HOCTh (popMUpOBaTh KOHAeHcaThl in vitro (Elbaum-
Garfinkle et al., 2015; Saha et al., 2016). PGL-1 u
PGL-3 crmoco6HBI popMUpOBaTHL KOHIEHCATHI OJ1a-
rojapsi IpUCyTCTBUIO TUMEPU3ALIMOHHOTO TOMEHa, a
RG-moBTOpHI HEOOXOMMMEL W11 CBsI3bIBaHUS PHK 1
npuBieueHus Apyrux 6enkos (Hanazawa et al., 2011).
IMTo-BunuMoMmy, ydyacTku 0eKoB, conaepxaiiue RG-
u RGG-MoTUBBI, YacTO BOBJIeYeHbI B (hOpMUPOBa-
HUE Pa3INYHBIX OMOMOJIEKYJISIPHBIX KOHIEHCATOB.
Taxk, HegaBHO OBLIO MOKa3aHO, YTO (POPMUPOBAHUE
OIHOIO 13 JOMEHOB SIIPHIIIKA — INIOTHOIO (puopmI-
JIIPHOTO KOMITOHEHTA, 3aBUCUT OT B3aMMOICICTBUIA
Mexny coboii oborameHHbBIX RGG-motuBamu N-
TePMUHAIbHBIX Yy4acTKoB (ubpumiapuHa (FBL)
(Yao et al., 2019).

Hakonen, 6enxnu MEG-1, MEG-2, MEG-3 u
MEG-4 conepxaT IUIMHHBIE HEYIIOpsiAoueHHbIe N-
KOHIIEBBIE y4aCTKH, o0oralleHHbIe cepruHamu (Wang
et al., 2014). MEG-3 crtocobeH 00pa30BbIBaTh KOH-
neHcatsl in vitro (Lee et al., 2020), u, To-BUAMMOMY,
¢dopMHUpPYET OTHOCUTENIHLHO CTAaOMJIBHYIO 4acTh P-
TpaHyJl, ¢ KOTOPOM B3aMMOJIEHCTBYIOT OoJjiee IMHa-
MUYHbIe KOMOOHeHTHI (Putnam et al., 2019). bnaro-
JIapsi HAIMYWIO HEYHOPSAOYESHHBIX OCJIKOBEIX JOME-
HOB, 6estok MEG-3 xornencupyer MPHK (Lee et al.,
2020). P-rpanynbl amOpuoHa yaepxxuaioT MPHK,
He CBsI3aHHBIE ¢ puOOCOMaMU 0 MOMEHTA UX Jerpa-
Al WA TPAHC/ISIIUK B GJ1acToMepe II0JIOBOI JIN-
Huu P4.

3aknanka nepeaHe-3amgHeit ocu B 3urore C. ele-
gans onpeaessieTcsl TOKaMy B IUTOTLIa3Me, UHAYLIM -
pPYEMBbIMHU CIIEPMATO30MIOM IIPU OILUIOAOTBOPEHUM
(Kimura, Kimura, 2020). P-rpanysiabl (bopMUpyIOTCS
TOJIBKO B 3agHEN 4acTU OJHOKJIETOYHOIO 3MOpHOHA
Omaromapst rpamueHty Oenka MEX-5 (Brangwynne
etal., 2009). ITo-BUuOIMMOMY, 3TOT TPAIUEHT PETYJIU-
pyeT ¢a30BbBIil Iepexol, Beaylnii K (POpMUPOBaAHUIIO
P-rpanyn, depe3 peryaupoBaHue Myjida HOOCTYITHBIX
PHK. B cucreme in vitro nokazaHo, 4YTO JOOaBJIEHUE
PHK x ouuiiesHbiM PGL-3 1 MEG-3 cHuXaeT KOH-
IIEHTpauIo 0eIKa, HEeOOXOOUMYIO IS MHOYKINHT a-

30Boro rnepexonaa (Saha et al., 2016; Smith et al., 2016).
MEX-5 cBsa3biBaeTcs ¢ moJiekyiamu PHK Ha niepen-
HEeM KOHII¢ 3UTOThbI, TAKUM O0pa30M yMEHbIIIAs ITyJI
moiiekyn PHK, xoTopsrit nucmois3yercst mist popMu-
poBaHus P-rpanyn. Ha 3amHeM KOHIIE KJIETKM OTCYT-
crBue MEX-5 no3Bossier MEG-3 1 PGL-3 cBS3bI-
Batb PHK, uro obaeruaer ¢popmupoBanue P-rpa-
Hyn (puc. 3).

BMOMOJIEKYJIIAPHBIE KOHJAEHCATHI,
YYACTBYIOIIMWE B 3AILMUTE KJIETOK
ITOJIOBOUM JIMHNN OT CTPECCA

KiteTku motoBoii IMHUM IMTOTEHIIUAILHO OeCCMepPT-
HBI, TIO3TOMY 3aIlliTa 3TUX KJIETOK OT CTpecca MMeeT
oco0oe 3HaueHue. B oornTax HakaruIMBaloTCs 3HAYU -
TeJbHbIe KonndecTBa MaTepuHckux MPHK, MHOr1ME 113
KOTOPBIX OCTAlOTCSI HETPAHCIMPYEMBIMM B TeUdeHUE
mmtenbHoro BpeMeHM. IloBpexxmenmne 3tnmx MPHK
MOXET IIPEICTaBIATh OCOOYIO OIMAaCHOCTH IS TTOCIe-
JIYIOIIETO pa3BUTHUS 3aponbiira. OgHUM U3 pacIpo-
CTpaHEHHBIX BAPMAHTOB OTBETa Ha KJIETOYHBII CTPECC
C LICJIBIO 3aIUTHI TaMeT, SIBJISIETCSI COOpKa IPaHyII, CO-
crosimx u3 6enkoB 1 PHK (Schisa, 2019). Uuayiu-
pOBaHHBIE CTPECCOM IPaHyJIbl ObLJIM OIMMCAHBI Y TTO3BO-
HOYHBIX M OECIIO3BOHOYHBIX, OJHAKO WX (hyHKIIMSI
OCTaeTCsl B 3HAUUTEJIbHOI CTeNeH HEM3BECTHOM.

Cpenu rpaHyJl, KOTOpbIe 00pa3yioTcs B COMaTH-
YEeCKUX KJIETKaxX B YCJIOBHUSIX CTpecca, BBIACISIOT
CTpecc-TpaHyJbl U TeJiblia IpolieccuHra (P-tembia)
(Kedersha et al., 2005). OgHoli U3 KJIIOYEBbIX peaK-
LIMI Ha CTpeccC SIBJsSETCS] MHIMOMpOBaHUE TPAHCIISI-
ouu 1 GOPMHUPOBAHUE CTPECC-TPaHYJI, COMEPKAIINX
koHcepBatuBHBIe PHK -cBg3pBatomume oenkm TIA-1
u TIAR. Ctpecc-rpaHyibl cogepkaT HeTpaHCIUpye-
mble MPHK (Khong et al., 2017), 1 IpUHSITO CYUTATD,
410 GOPMUPOBAHNE CTPECC-TPAHYJI ITO3BOJISIET OBICT-
PO BOCCTaHOBUTH TPAHCJSILIMIO TOCJE 3aBEepIICHUS
crpecca (Buchan, Parker, 2009). P-tenbua, no-sunu-
MOMY, TIPEICTaBISIOT CO0OI calThl Aerpagarnum
MPHK (Decker, Parker, 2012), HO OHUM TakXe CIIO-
COOHBI HaKaIUIMBaTh B ceOe TPaHCISILIMOHHO HEak-
tuBHy10 MPHK (Hubstenberger et al., 2017), 3amuiias
ee OT Jerpafgallii ¢ BO3MOXHOCTbIO OBICTPO aKTUBU-
poBaTh TpaHCISILIMIO. P-Tenblia 1 crpecc-rpaHyJibl XO-
TSI ¥ OTJIMYAIOTCS IO COCTaBY M CBOMCTBAaM, HO UMEIOT
OTIeJIbHBIC 001IMe KoMITOHEeHTHI (Ivanov et al., 2019).

Heckonbko KOMIIOHEHTOB P-Tesell yuyacTBYIOT B
nokamm3anuu MPHK osk u tpaHcasmmuoHHOIT pe-
npeccun (Fan et al., 2011). benok Cup TpaHCasILIM-
oHHO pernipeccupyeT MPHK osk y D. melanogaster n
UTPaeT BaXKHYIO POJib B TTOJAepXKaHUU €€ CTaOUIbHO-
ctu. B orcyrcrBum Cup KOMMIOHEHTHI KOMIIIEKca
Oskar He JTOKaJM3YIOTCSI B pa3BUBAIOIIEMCSI OOLIUTE
(Broyer et al., 2017). Jlokanmuzauuss MPHK osk Ha 3a1-
HEM TIOJIIOCe OOIIMTa APO30(MMIBI OCOOCHHO BaxkHAa
ISl SMOPUOHAJIBHOTO Pa3BUTHSI, MOCKOJIBKY OHA UT-
paeT BaxKHYIO poJib J1s1 GOpMUPOBaHUS OyIy1Ieit 1mo-
JIOBOM JIMTHUMU.
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Puc. 4. Perynsitus dopmupoBanust P-rpanyny C. elegans nmyrem KoHKypeHTHOrO cBsi3biBaHusi ¢ PHK 6esikoB P-rpanyn u 6en-
ka MEXS. Paznenenue ¢a3 B nepenHeii yactu amopuoHa C. elegans moaasisieTcs 3a cueT npucyTcTBusi TaM 6enka MEXS, B3a-
nMoneiictBytomero ¢ Mojiekyiaamu PHK. B 3agHeit wactu amopurona 6e1ok MEG cBs3bsiBactes ¢ PHK B pesynbraTe gyero, mo-
BUIMMOMY, ITPOMCXOAUT cOopKa P-rpany:n 3a cuer pasnenenusi daz. benku PGL dopMupyoT kuakyto ¢ha3y BOKpyr KOTOpoii
KoHaeHcupyoTes 6eaku MEG, nmeroniue 6ojee INIOTHYIO CTPYKTYPY, IIOXO0XKYIO Ha Tellb.

benokx DAZL saBnsieTrcss BaXXHBIM PETYJISITOPOM
pa3BuTus MoJioBbiX KJieToK (Rosario et al., 2019), on
BOBJICYEH B akTuBaLuio TpaHcassuun MPHK mipu co-
3peBaHUU OOLIMTOB U paHHEM dMOPUOHAIBHOM pa3-
Butuu (Chenet al., 2011). B orcyrctBuu 6enka DAZL
MBIIIN CTEPWJIBHBI U He (DOPMUPYIOT II0JIOBBIE KIIETKU
(Lin, Page, 2005). B 1mo10BbIX KJIeTKaX CaMIIOB MbIIIIEH
DAZL HeoOxomuMm 11 (DOpMUPOBAHUSI CTpecC-Ipa-
HYJI, BIMSIONIMX HA BBDKMBAHME MOJIOBBIX KJIETOK IIPU
teruioBoM ctpecce (Kim et al., 2012).

benok cTpecc-rpanyn TIAR-1 usyuancs B ooum-
Tax C. elegans IpU pa3INYHBIX CTPECCOBBIX YCIOBUSIX
U, TIO-BUAUMOMY, 3allIUIIAET 3aPObIIIEBYIO JUHUIO
OT HEeOJarorpusITHOIO JIEeHCTBUS TEIUIOBOTO IIIOKa. Y
yepBeil ¢ MyTtauusiMu B 6enke TIAR-1 Obuto 3Ha4M-
TeJbHOe cHnkeHue ¢eprumbHocT (Huelgas-Morales
et al., 2016). Y am6puonoB C. elegans OKNCINTETbHBII
cTpecc, ToJIofaHKe U COJIEBOI CTpecC BhI3BIBAIOT Tepe-
MellleHWe YOUKBUTHHA, mpoTteacoM 1 Oenka TIAR-2 B
OTIIEJIbHbIE O0JIaCTH, Ha3blBAEMbIE SIAEPHBIMU TPaHY-
JlJaMM, BbI3BaHHBIMU cTpeccoM (stress induced nuclear
granules, SING) (Sampuda et al., 2017). ¥ aMOpuoHOB,
coaepxammx SING mnpekpaiiaercs aeJieHue KJIETOK.

NurepecHo, HO bopMupoBaHUE TeJIEll, COmepKa-
mux MPHK MoxeT mpoucxoauThk HE TOJIBKO KakK pe-
3yJIbTaT peaKIK KJIETKM Ha CTPEcC, HO U B HOpMaJlb-
HBIX ycioBusiX. HemaBHO OBIIM OOHApy>XKeHBI HOBBIC
PUOOHYKJICOIIPOTEHOBBIE TPaHy/JIbl B IIUTOILIA3ME
ooluToB Xenopus laevis, KOTOpbie OBLIM Ha3BaHbI
L-tensuamu (Neil et al., 2020). L-Tenpna cogepxar
MPHK, koTopble HakamiuBamOTCS B LMTOIIa3Me
OOLIMTOB B X0jie co3peBaHusl. [Iporeom L-Temen 6onee
YeM Ha JIB€ TPETU COCTOUT 13 OEJIKOB, KOTOPHIE SIBJISI-
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IOTCSI KOMITOHEHTaM1 paHee OMMWCAHHBIX 1IMTOILIA3-
MaTUYECKUX I'paHy/d, B TOM YMCJIE CTPECC-TPaHYJIbI,
P-Tene1r, moIOBBIX TpaHy/I, HO OCTaJIbHAS YacTh OeJI-
KOB SIBJISIETCSI YHUKaIbHOM 1J1s1 3Tux opraHesul. Ilo-
BuauMomMy, moJiekyiasl MPHK B L-Tenbuax BbIIOI-
HSIIOT CTPYKTYPHYIO (apXUTEKTypHYI0) PyHKIMIO. B
oonuTtax yrmakoska MatepuHckux MPHK B cTtabuin-
HBIE TpaHy/Jbl, TaKue KakK L-Tejblia, MOXET OBLITh
BaXKHBIM MEXaHU3MOM UISI ITOAABJICHMS TPAHCIISILINU
B TeYeHHME IJUTENbHBIX TepuonoB BpemeHu (Neil
et al., 2020). Takxe BaxKHO OTMETUTD, UTO (POPMUPO-
BaHWE OMNWCAHHBLIX BHIIIE OpraHeUl, COACPKAIIMX
MPHK, MmoxkeT IBisIThCS KpaliHeii (popmoit 00ocobie-
HUSI MOJIEKYJI B IUTOIIa3Me. HakoruieHre oTaeIbHBIX
MPHK MoXeT mporcxoauTh 1 OTAEIBHO OT KaKUX-JIV -
00 opraHejUI, IpUYeM BTOT IPOLIECC COIMPSLKEH C
TpaHcasuei (Samacoits et al., 2020).

SAKJIIOYEHHUE

B sTOM 0030pe MBI COCPEIOTOUYMIIMCHE HAa HAaNOO-
Jiee U3yYeHHOM cCilydyae peryJisiliui 3MOpHoreHe3a ¢
MOMOIIBIO 6e3MeMOpPaHHBIX CTPYKTYP (IOJIOBBIX I'pa-
HYJT), OMHAKO MPUBEACHHbBII MaTepUal He UCUCPIThI-
BaeT CIydyau peryisinuu aMmopuoreHesa u nuddepeH-
LUPOBOK OMOMOJIEKYJIIPHBIX KOHIeHcaToB. Tak, Ha-
npuMep, SAepHble Teablia BOBJIEYEHBI B IIPOLIECC
rnepexojaa OT MAaTEPUHCKOIO K 3UTOTUYECKOMY THUITY
SKCIIPECCUU TE€HOB (MAaTePUHCKO-3UTOTUYECKUIA Te-
pexon) (Arias Escayola, Neugebauer, 2018). Ckopee
BCEro, Mbl HAXOJIUMCSI B CAMOM Havajie U3y4eHUs po-
I OGUOMOJIEKYJISIDHBIX KOHIEHCATOB B PEryJsSLUU
TpolieccoB aMOpuoreHe3a n guddepeHuposku. C
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YeM Ke CBsI3aHa CTOJIb BakKHasl pOJib UMEHHO 3TOTO
THUTTIa OpraHen?

Kak yxe ymomuHaioch Bbillle, (hOpMUPOBAHUE
OMOMOJIEKYJISIPHBIX KOHJIEHCATOB IPOUCXOAUT MyTeEM
camoopranusanuu. Eile B paHHUX paboTax no usy-
YEHNIO MEXaHU3MOB CAMOOPIraHU3alluU ObLJIO OTME-
YeHO, YTO TaKO# CII0COO ITO3BOJISIET NOOMBATHCS
0O0JIBbIION TMOKOCTU B CTPYKTYPE U COCTaBe (a 3HAYUT
U (YHKIIMU) OpraHes, MO3BOJIsIeT THOKO pearupo-
BaThb Ha U3MEHEHUSI B COCTaBe KJIETKU U BOKPYT Hee
(Misteli, 2001). DTo0 0COOGEHHOCTD SIPKO MPOSIBIISIET-
csl, HalIpuMep, B UBMEHEHUSIX CTPYKTYpbl P-rpanys B
Xolle raMeToreHe3a U paHHero pasputus C. elegans
(puc. 3). OgHaKo He MeHee BaXKHBIM SIBIISIETCS U TO,
4yTo (hOPMHUPOBAHUE KPYITHBIX KOHAEHCATOB MO3BOJISI-
€T peryJiMpoBaTh 11eJible KOMILJIEKCHl MaKpOMOJIEKYJI.
ITpuueM, 3T KOMILJIEKCHI MOTYT OBITh JIETKO TepeMe-
LLIEHBI B OMpe/e/IEHHbIE YACTU KJIETKU, YTO OCOOEHHO
BaXKHO JIJISI TIPOLIECCOB PaHHEro aMOpuroreHesa, Korjaa
MPOUCXOIUT TIPOCTpPaHCTBEHHAs! muddepeHInpoBKa
3apojpiiia. Takke oopaliaeT BHUMaHUE, YTO BEICOKast
IJIACTUYHOCTb OMOMOJIEKYJISIPHBIX KOHASHCATOB MPU-
BOJUT K BO3MOXHOCTU (POPMUPOBATh HA €IUHOI OC-
HOBE OY€Hb pa3Hble CTPYKTYphbl. I10J0BBIC IpaHyJIbI
UMEIOT MHOTO OOIIET0 ¢ 00pa3yIOIIUMUCS MPU CTPeC-
ce crpecc-rpaHyjamMu u P-tenbuamu. OGe rpyrmbl
cTpyKTyp HakamuBaroT MPHK, omHako 310 mpeciie-
IyeT MPUHIMMNUAIBHO pa3Hble LieJM — amanTaius
KJIETKM K CTpeccy 1 obecrieueHusi paHHEro aMOpuo-
reHesa. T.e. Ha OTHOI OCHOBE MOTYT (POPMUPOBATHCS
pa3Hble TUITBI CTPYKTYP, KOTOPbIE MOTYT BBITIOJHSTh
GyHKUIMM crienuduyecKre sl onpeneJeHHBIX 3Ta-
OB Pa3BUTHUSI.

Takum o6pa3oM, M3ydeHNEe MEXaHMW3MOB Ouore-
He3za GMOMOJIEKYJISIDHBIX KOHJIEHCATOB yXe ceifuac
ITO3BOJIAET HA HOBOM YPOBHE B3IJISHYTH Ha POJIb KJIC-
TOYHBIX MEXaHN3MOB B PETYJIAIMN OHTOTCHETUYCCKUX
npoueccoB. HeBeposiTHasi ruOKoOCTh, obecrieyrBae-
Masi OCHOBHbIM MeXaHU3MOM (hOPMUPOBAHUSI — pa3-
nefeHrueM a3 Ha rPaHMLIEe XKMIKOCTh->KUIKOCTh — UT-
paeT BaXXHYIO POJIb B 00eCIIedeHre THOKOCTH ITPOLIeC-
COB BMOpHOreHe3a.
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Morphogenetic processes during ontogenesis are determined by the changes in structure and functions of the em-
bryonic cells. The cellular reorganization is driven by membraneless organelles. These structures, which is called
biomolecular condensates, form in the nucleus or in the cytoplasm due to the phenomenon of liquid-liquid phase
separation. The plasticity of biomolecular condensates and their dynamic nature make it possible to quickly change
the cellular organization, thus leading to the changes of the cells’ fate during the embryogenesis. In this review, we
discuss the relationship between the versatility of the cellular organization and the course of the early embryogen-
esis with the focus on the one type of the biomolecular condensates, namely the germ granules.
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B cratbe M3n0XeHbl Pe3yabTaThl aHATM3a UMEIOIINUXCST JaHHBIX M0 pa3MHOXEHUIO pacTeHuil Kiacca Pin-
opsida (TToyioBast penpomyKuust U 6ecriojias — armoMukcuc). PaccMoTpeHBI BO3MOXKHOCTU peaTu3alliim
arfoOMUKCHCA y XBOMHBIX. DTOT CIIOCOO 0€CIT0JI0ro pa3MHOXEHMSI IPOSIBISIETCSI IPU HapylleHUU (popMUpo-
BaHUS ceMstH. OCOOBIM TUTTOM PETIPOMYKIIMK Y XBOMHBIX SIBJISIETCSI COMAaTUYECKUIT SMOPUOTeHe3 B KyJIbType
in vitro. Tloka3zaHo, 4TO Mepexo] COMaTUYECKUX KJIETOK K TOTUTIOTEHTHOMY U SMOPUOTEHHOMY COCTOSIHUIO
V XBOMHBIX TTPOMCXOAUT Ha MOPGOTeHETUYECKOM, (DU3UOJIOTO-OUMOXMMUUYECKOM M MOJIEKYJISIPHO-TEHETH -
YEeCKOM YPOBHSX. ¥YCTaHOBJIEHa OOIIIHOCTh MOP(OTreHETUUECKUX MTPOLIECCOB, JIEXKAIIUX B OCHOBE COMaTU-
YeCKOro M 3UTOTMYECKOTO 3MOpuoreHesa. PaccMmaTpuBaeTcss MECTO COMATHYECKOrO 3MOpHUOreHe3a B

CUCTEeME PEeTNPOAYKILIMM XBOMHBIX.

Kntouesvie carosa: penpoaykiiysi, allOMUKCUC, COMAaTAUYECKUI SMOpHOTreHe3, XBOMHbIe
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BBEAJEHUWE

Pactennst neMOHCTpUPYIOT BBICOKYIO ILIACTAY-
HOCTh M VMHAVBUAYAJIBHYI0O M3MEHYMBOCTH CIIOCOOOB
PeNpOAYKLIMU: Y HUX HaOIIoAaeTcsl KakK MOJI0BOe pa3-
MHOXEHHE, TaK 1 OeCIooe — allOMUKCHC. Y pacTe-
Huit otnena Pinophyta (kinacc Pinopsida) nmeercs He-
CKOJIbKO (pOpM arfIOMUKCUCA: Pa3BUTUE aCEKCYaTbHOTO
3apobIlla, ITIOJIM3MOPUOHUS U KIIUBaXK. Y TOJIOCEMEH-
HBIX pacTeHM, 0COOEHHO BUOIOB ceMelicTBa Pinaceae,
SIPKO TIPOSIBJISIETCS] TaK Ha3bIBaeMasl “KJIMBaXkHasl TO-
mmaMbpuonust” (cleavage polyembryony), IIpy KOTO-
poit chOpMHPOBAHHBIN N3 3UTOTHI SMOPHOH pa3IeiIs-
eTcsl Ha ueThIpe 3apoapliiia (Singh, 1978; TpeTbsikoBa,
1990).

OCOOBIM TUINIOM PENPOAYKIIMK Y JaHHOIO Kjacca
pacTeHU SIBJISICTCSI COMAaTUYECKUIA SMOpPHUOTeHE3, OT-
KpBIThIN Y Picea abies B 1985 rony B KyJnbType in Vitro
(Hakman et al., 1985). Ilepexon coMaTu4ecKux Kie-
TOK K TOTUIIOTEHTHOMY M 3MOPUOT€HHOMY COCTOSI-
HUIO Y XBOMHBIX B HACTOsIIIIee BpeMsl aKTUBHO M3yda-
eTcsI Ha MOp(OreHETUIECKOM, (DM3UOJIOTO-OHOXIMMU -
YEeCKOM U MOJIEKYJISIPHO-TEHETUYECKOM YPOBHSIX (von
Aderkas et al., 1991; Tretyakova et al., 2019; Peng et al.,
2020). Ilokazana oOLIHOCTH MOP(OTreHETUYECCKUX
IIPOLIECCOB, JIEXKAIIINX B OCHOBE 3UTOTUYECKOTO U CO-
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MaTUYeCKOro 3MOpHoreHe3a xBOouHBIX (von Aderkas
et al., 1991; Tretyakova, Park, 2018). PenponykTruBHast
cucteMa Coniferous, TaKKe, KaK U IPYTUX XKUBBIX Opra-
HU3MOB, HalpaBJieHa Ha BBLKUBaHWE BUIOB U CITOCO0-
HOCTb UX OCTaBJISITh TOTOMCTBO.

B naHHOII cTaThe MPOBOAUTCS aHalMU3 3aKOHO-
MEPHOCTEM IMOJIOBO PENMPONYKIIMU XBOMHBIX U BO3-
MOXHOCTb peajlu3aliu pa3TnyHbIX (OpM allOMUKCHCA
y TAaHHOTO KJlacca pacTeHui (B CpaBHEHUHU C 3BECTHBI-
MU ¢opMaMM artlOMUKCHCa Y LIBETKOBBIX PACTeHUIA), a
TAaKXKE PACCMATPUBACTCSI MECTO COMATHUYECKOTO 3M-
OpuoreHes3a B CUCTeME PENMPONYKIIMU PACTEHUA.

I[TOJIOBAA PEITPOAYKLMA

IMonoBast penpoayKIUS JIEKUT B OCHOBE Pa3MHO-
JKEHUS XBOMHBIX TaKXKe, KaK U 3HAYUTEJIbHOTO OOJIb-
IIIMHCTBA 3yKaproT. HecMOTps Ha pa3Hyo MPOAOJIKU-
TEJIBHOCTh TEHEPATUBHOTO LINKJIA Y BUIOB XBOWHBIX,
pa3BUTHE PEPONAYKTUBHBIX CTPYKTYP Y TaHHOIO KJjlac-
ca pacTeHMiI MOET OJHOOOpa3HO Ha MopdoJIoruye-
ckoMm ypoBHe (Singh, 1978). B ron, mpeaiiiecTBy O
OIBbUICHUIO, IIPOMCXOOUT 3aJoXeHUEe (OIopaibHBIX
MepucTeM. BecHoil cienyrolero roga UayT mporec-
Chbl MUKPO- U MeTacIioporeHe3a, opMrupoBaHue Tra-
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METO(UTOB, 3aTEM OIJIOAOTBOPEHUE U SMOPUOTEHE3,
3aBepIIAONINIICS pa3BUTHUEM 3PEJbIX ceMsIH. Y Pinus
OT ONBUIEHUS 10 OTJIOAOTBOPEHUS MPOXOAUT 1 rox, y
Abies, Larix, Picea 30—40 nueii (TpetbsikoBa, 1990).
Xona 3MOpUOHAIBHOTIO Pa3BUTHSI OOYCJIOBJIEH BUIOBOM
cretruKoi, BHyTpEeHHUMU CBOICTBAMM OpraHu3Ma
(bu3non0ro-6MOXMMUIECKUMU U MOJIEKYJISIPHO-TEHE-
TUYECKUMMU), & TAKXKE HAXOAUTCS MO/ BIIMSIHUEM BHEIII-
Heit cpenbl. KyJlbMUHAIIMOHHBIMU MOMEHTaMU B TIPO-
1iecce pa3BUTUSI TEHEPATUBHBIX CTPYKTYP Y XBOWMHBIX,
Takke KakK y JpPYTMX pacTeHWUit, SIBJISSIOTCS MPOLIECChI
OIbUIEHUS W OIUIOAOTBOPEHUS. ONbLIEHUE CTUMYJIH -
pyeT pa3BUTHE CEMSIOYKH, a TIPOLIECC CUHTAaMUU —
pa3BuUTHE 3apoiblllia. Y XBOMHBIX B MEPUOJ OIbLIC-
HUSl TraruloMHble KJIEeTKHM MYXCKOro ramerodura
BCTYMNAIOT B KOHTAKT ¢ TKAHSIMM JUTJIOUIHOTO CITO-
poduta — Hyuemnyca. OqHaKoO B 3TOT MEPUOJ XKEeH-
CKUi1 1 MyXXCKOIi TaMeTO(UTHI y OOJIBIIMHCTBA XBOI-
HBIX, OTHOCSIIIIUXCS K IIpencTtaBuTesiM Abies, Larix,
Picea n Pinus pa3BUBaroTCsd aBTOHOMHO. B ux cems-
MOYKax MOXET MPOUCXOAUTh METracnoporeHe3 u Ja-
K€ HadaJbHbIE 3TaIlbl Pa3BUTUSI XKEHCKOTO raMeTo-
duta (TperbsakoBa, 1990). YcneuiHoe nanbHeiiinee
pa3BUTUE MHOTOSIIEPHOIO XEHCKOro raMmeTodura y
JIaHHBIX BUJIOB HaOI101aeTCsl TOJIBKO MpU MpopacTa-
HUU MbUIbLILI B TKAHb HyLIeJTyca. TecHast CBSI3b MeX-
Iy OIbLUIEHUEM CeMSIIoUeK U Pa3BUTHEM XKEHCKOTO
rametrodura ormedeHa y Pinus sylvestris. Y nipencra-
BUTEJIell JaHHOTO BUJa MpPOliecC MeracrnoporeHesa u
pPa3BUTUSL KEHCKOTO raMeTodurTa MPOUCXOIUT TOJb-
KO TIOCJIE OTIBIJICHUST CeMSITIOUEK TIepBOro roja pas-
BuTUs (Yepe3 7—10 mHeli mociie onbuieHus ). B cemsi-
MOYKax, B KOTOPBIX MpOpacTaHue MbUIbLILI HE UIIET,
JKEHCKHUI raMeTo(UT He pa3BUBAETCSl, U CEMSITIOUKU
nerpaaupytoT (TpetbsikoBa, 1990). BeisiBieHo, 4To B
HEOIbUIEHHBIX CEMSMOYKax COCHbl OObIKHOBEHHOM
paspacTaloTcs KJIETKU TareTyma, Mpujieraloliue K
Meracriope. Pa3zpacratoiiiuiicss TaneTym craaBivBaeT
METacoOPOLINT, YTO MIPUBOIMT K ero rudesm (Sarvas,
1962). P. Capsac (Sarvas, 1962) He uckiiodag BO3-
MOXXHOCTb KOHKYPEHLIMU MBUIBLEBBIX TPYOOK IIpU
MpopacTaHWU UX B TKaHb Hy1eJuTyca. JItoboe HecooT-
BETCTBUE B pUTMax M ¢a3ax pa3BUTUSI MYKCKUX U
JKEHCKHX TeHEePaTUBHbBIX CTPYKTYP MPUBOAUT K COOIO
U BO3MOXHOM OCTaHOBKE 3MOPMOHAJIBLHOIO pa3BU-
tusa. CrnenoBaresibHO, MUKPO- W MeraraMeToduThl
AOJKHBI paCIioO3HaBaTh APYT Apyra, a 3TO HE BCCria
MPOUCXOAUT B Cilyyae MeXBUIO0BOI T'MOpUIU3ALIUU.
MMeHHO B BTU mepuonbl MPOSIBISIIOTCS TPOLECCHI
HECOBMECTUMOCTHU, HaOJI0JaeMble TIPU KOHTPOJIU-
pyeMOM OTIBUJICHUM U OCOOEHHO MEXBUIOBOM TH-
Opummzanuu y XBoMHBIX (Sarvas, 1962; Tretyakova,
Lukina, 2017). CnopoduTHast TKaHb HyLIEJLTyCa IJI-
TeJIbHOE BpeMs pa3iessieT MY>KCKOW M XKeHCKUi ra-
MmeTouthl: y Abies, Larix, Picea oxoino 40 nueii, y Pi-
nus — OKOJIO To/1a, T.€. TECHOTO KOHTAKTa MeX/Iy rame-
To(huTaMu 3a ITOT MEepUo, He MPOUCXOAUT. TONbKO B
nepuoj co3peBaHusl apxeroHueB (3a 7—10 mHeit mo
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OIUIONOTBOPEHUSI) TMPOUCXOAUT BTOPUYHBINA POCT
MBLIBLEBBIX TPYOOK 1 OIUIOAOTBOPEHUE STIMIIEKIIETOK.

3UTOTUYECKUI SMOpPUOreHe3 XBOMHBIX MOXKET
ObITh pa3fie/ieH Ha TPU OCHOBHBIE (ha3bl: MPO3IMOPHO-
reHe3, paHHUI PMOpPHOreHe3 U MO3MHUI BMOpUoTe-
He3 (Singh, 1978). IIpoambOpuroreHe3 (proembryogeny)
BKJIIOYAET BCE CTAAUU PA3BUTHUS TPOSIMOPUO 10 YU~
HEHUS CyCIIeH30pa, paHHUI1 SMOpPUOTreHe3 — BKJIIoYa-
€T CTaJAuu MocJje YAJUHEHUs CyCleH30pa U 10 3aJI0-
JKEHUST MEpUCTEMBI KOPHSI, TTIO3MHUI SMOpHOreHe3 —
HauMHAaeTCs OT 3AI0KEHUSI MEPHCTEM KOPHS U mobera
U BKJIIOYAET BCE MOCIEAYIOIINE COOBITUSI 10 (DOpMU-
pPOBaHUS 3peJioro 3apoblllia C XOPOIIO Pa3BUTHIMU
cemsnonsimu (Singh, 1978).

V XBOMHBIX pacTeHUIl BO3MOXKHBI MHOKECTBEH-
Hble MMYTU peaanu3allui UX penpoayKTUBHOTO TTOTeH-
1uajia: moJauapXeroHMajJbHOCTD, MOJUIMOPUOHUS U
KJIMBaX, a TAKXKe aceKCyalbHOE BO3HUKHOBEHUE 3a-
ponsiira. Y BUOOB ceMmeiicTBa Pinaceae obOpasyercs
OT JABYX 10 YEThIPEX apXETOHUEB, B KOTOPbIX pa3BHUBa-
I0TCS 3pefible silekyieTKu. OTIoA0TBOpEHUE BCeX
SIMIIEKJIIETOK B TIpelesiaXx ceMsidayaTKa TMPUBOIUT K
BO3HMKHOBEHHUIO MPOCTOM (simple) miam apXeroHu-
anbHOIi (archegonial) moauamOpuoHuuun (Singh,
1978). Hapsiny ¢ mpocToii MOIUu3aMOPUOHUEN Y BUTOB
Pinaceae n ocobeHHO pona Pinus, XapaKT€pHO MpO-
sSIBJIEHUE KJIMBaxkHoU moiausamopuoHuu (Buchholz,
Dogra, 1967). KiimBaxkHast moanaMOpruoHus (cleav-
age polyembryony) — 3TO peryJIsIpHBIA M1 OpraHU30-
BaHHBIN peHOMEeH. B pe3ynprare KianBaxka B KOPpO-
3UIHOM MOJIOCTU MeraraMeToduTa mpoucXoauT pac-
HIeTJIeHue MHUIMaIeil KaXXa10ro aMOpUo Ha YeThIpe
CaMOCTOSITEJIbHbIE UIEHTUYHBIE €IUHUIIBI (YEThIpe
3aponpiiia). TakuMm odbpa3zoM, B pe3yabTaTe IMPOCTOM
U KJIMBaXXHOI MOJMAMOPUOHUM Y BUAOB ceMeiicTBa
Pinaceae B omHOM MeraraMeTo(puTe MOXKET pa3BU-
BaThCs A0 16 3apomblleii, MOJy4eHHBIX OT pa3HBIX
onbututeneit (Tpetbsikosa, 1990).

Ha mo6oM 3Tare penpoayKTUBHOTO ITMKIIa XBOM-
HBIX MOTYT TIPOM3OUTH HaApPYIIEHUS B SMOPUOHATb-
HOM TIpotiecce. [Ipexae Bcero, K HapyIeHUIO TTOJI0-
BOM PETTPOIYKIIMH ¥ PA3BUTHIO CTEPWIIBHOCTH TIPUBO-
AT OTCYTCTBYE OTBIJICHMS CEMSITIOUEK WU OTTBIJICHUE
X HEXXU3HECTOCOOHOM MbuThIoi. K pa3Buthio cre-
PUWJIBHOCTH TTBUTBITHI TIPUBOMIAT, KaK MPaBIIIO, 3acyXa
B TIEpHOI 3aJIOKEHUsI (hJIOPATBHBIX MEPUCTEM, TTPO-
JMODKUTETbHBIEC TETUTBIE OCEHHU U OTTEIIEIN B 3UMHUIA
TIepuoI, 3aMOPO3KN TIpM TIPOXOXIEHUN Meito3a
JIOXKIJTMBAS TI0T01a B Iepuo jJeTa Nbliblibl (Noskova
et al., 2009). KpomMe TOro, BcTpedaloTcsl OTAE/IbLHEIC
TepeBBST, KOTOPBIC MPOMYIUPYIOT CTEPUIBHYIO ITBUTh-
Iy WJIM UMEIOT HapyIIeHUs B MPOIeCcCce Meracropo-
reHesa, B pe3yJIbTaTe KOTOPOTO KeHCKUIT TaMeTODUT
He pasBuBaercs (TperbsikoBa, 1990). lerpanaiiioH-
HBbIE TIPOIIECCHI YacTO Pa3BUBAIOTCS B CEMSITIOYKax
BTOpoOTO rona y Pinus sylvestris, B iepuo, Koraa Tec-
HOTO B3aMMOICUCTBUSI MEXIy TamMeTo(PUTaMU HeT.
OmHaKo UMEHHO B 3TOT IEPUOJI IIPOUCXOIUT 00pa30-
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BaHMeE KJIETOYHOIO MeraraMeToduTa U apXeroHueB 1
CTPEMUTEBbHOE YBEJIMYEHUE Pa3MEPOB KEHCKOTO Ta-
MetoduTa (B 6—7 pa3) (TperwbsikoBa, 1990). Takas
WHTEHCU(MUKALIMS POCTA COITPOBOXKAAECTCS YCUIICHUEM
OOMEHHBIX TPOLIECCOB B CEMSITIOUKE U 3apOAbIIIIEBOM
MEIIKE, B IMEPBYIO0 OYeEPEIb TPODUUECKUX U TOPMO-
HanbHBIX (MunuHa, Jlapuonosa, 1989). BepositHo,
IPY TaKOI HATIPSDKEHHOCTU POCTOBBIX U (PU3UOJIOTH-
YEeCKMUX MPOLECCOB B MeraraMeTodure BO3IEUCTBUE
HeOJIaronpusIThIX (DAaKTOPOB CPelbl MOTYT IIPUBECTH K
OCJIA0JIEHHOCTH XEHCKOTo raMeTouTa M pPa3sBUTHUIO
nmycToix ceMsiH (TpetbsikoBa, 1990). OcobeHHO sIpKO
JIeTpajalluOHHBIE TIPOLECCH MPOSBISIOTCI B Ipe-
CUHTaMHBII TIepHoJ, KOrla HapyllaeTcs CUHXPOH-
HOCTh pa3BUTUSI TaMeTO(GUTOB. Pa3BUTHE KEHCKOTO
raMeToduTa MOXET OCTAaHOBUTLCS HAa CTaIUU CBO-
OOIHOSIASPHOIO TaMeTO(UTa UM BaKyOJIU3UPOBaH-
HBIX apxeroHueB. MeraraMeTo(uUT pas3pyliacTcs u
dopmupytorca mycteie cemeHa (TpeTbsikosa, 1990).
Takoe sgBiaeHMe HAOMIONAJIOCHh Y YHUKAJIBHBIX JIepe-
BbeB Pinus sibirica ¢ OMHOJETHUM PETNPOIYKTUBHBIM
uukiioM (TpetbskoBa, 1990; Tretyakova, Lukina, 2016)
1 MEXKBUIOBOM rudbpuanzauuu P sibirica X P. armandii,
P. parviflora, P. strobus, P. wallichiana, P. hokkaidens,
P. cembra (Tretyakova, Lukina, 2016).

Cornacno Koski (1973), nycTteie cemeHa y Pinus
syilvestris u Picea abies MOTYT CIy>KMTb UHAUKATOPOM
MPOSIBJICHUS JIETaIbHBIX ajUlefieil, mefiICTBYIOIINX Ha
ctagum sMOpuoreHesa. IlycTele ceMeHa MOTyT OBITh
CBOEOOPa3HbIM CBUIETEILCTBOM HAIMYUS TEHETUYES-
CKOI'O Ipy3a IpU NEePeKpPeCTHOM ONBUIEHUUN U OCO-
OeHHO caMooIibuieHU. [1pyu caMoonbIIeHUN OILIO-
JIoTBopeHne oO6brdyHO poucxoguT (Orr-Owing, 1957;
Sarvas, 1962; Hagman, Mikkola, 1963; Koski, 1973;
Tretyakova et al., 2014). OnHako pa3BUTHE IIpeKpa-
1aeTcsi B repuos ¢GopMUpOBaHUSI MHOPUIMHIOBBIX
3apOJbIIIeii, YTO U IIPUBOIUT K ITyCTOCEMSIHHOCTHU. Y
XBOMHBIX HET MEXaHW3Ma, KOTOPBIM OBl MHTMOMPOBAJ
camooruiogotBopeHue (Koski, 1973). He onposeprast
MHEHMSI YKa3aHHBIX BBHIIIIE aBTOPOB O BO3MOXKHOCTU
MPOSIBIICHUS ITyCTOCEMSIHHOCTUA Y XBOMHBIX, CJICIyeT
OTMETUTD, UTO AECTPYKTUBHbBIC MTPOLIECCHI, BEMyIlIUe K
Pa3BUTHIO ITyCTHIX CEMSIH IIPOMCXOIST paHblIlle (IO IT0-
SIBJIEHUSI apXeroHuen). K MOMEHTY OII0gOTBOPEHUSI
KJIETKM Merarametoura oKas3bIBaloTCs yxXe chop-
MUPOBAaHHBIMY, (PU3UOJIOTUYECKN aKTUBHBIMU U HE
MMEIOT HUKAKMX IIPU3HAKOB aerpaganuu. B nanHoMm
cllydae pa3BUBarOTCs ceMsiHa 6e3 3apoabliia. [Toce-
JIOBaTEJIbHOCTh MPOLIECCOB Pa3BUTHUS TaKOM KaTero-
pUU CEMSTH MOXKHO IIPOCJIeIUTh HA IpUMEpPe pa3BU-
TUSI TeHEPATUBHbBIX CTPYKTYp oco0eit y Pinus sibirica c
OIHOJEeTHUM 1MKIIoM pa3Butus (TpeTbsikona, 1990).
VYV maHHBIX 0cO0€ii 3apOoabIIeBhIN KaHaT GOPMUPYET-
csl TIpU OTCYTCTBUM 3apojbiiia. KieTku merarameTo-
¢duTa COXpaHSIIOT CBOIO aKTMBHOCTh, a 00pa3oBaHue
3apOBIIIEeBOro KaHaja IeTepPMUHUPOBAHO U MIPOUC-
XOIUT B TMEPUOJ CO3peBaHUs SIULEKIeTKU. [TpuHATO
CUMUTaTh, YTO OOpa30BaHME KOPPO3UITHOI ITOJIOCTU B
MerarameTopure MpoOMCXOIUT B PE3yabTaTe ITPOABU-

JKEeHUST SMOPHO B 3apOIBIIICBOM KaHaJIe. DMOPHO M-
TaeTCsl 3a CUET KJIETOK LIEHTPAIbHOM YacTu Merarame-
TO(pUTa, U TAKUM 00pa3oM (GopMUpPYyeTCsI 3apOIbIIIIE-
Beiii kaHan (Singh, 1978). OtcyrcTBue >MOpuo u
copMUPOBaHHBIHM 3apOILILIEBHII KaHaI B CEMSITIOY -
Kax Pinus sibirica ¢ OOHOJIETHUM LIMKJIOM Pa3BUTHSI
MO3BOJISTIOT TI0-HOBOMY OLIEHUTBH XapaKTep B3anMOOT-
HOIIIEHUIA MEXIy MeraraMeTo(puTOM W 3apoiblleM
npu sMmbpuoreHese (Tretyakova, 1992). BepositHo, y
Pinus neiicTBUe JIeTATbHBIX aJlJIesIeii, Bemyllee K ITyCTO-
CEMSIHHOCTH, TIPOSIBIISIETCS Ha OoJjiee paHHUX 3Tarax,
0 cuHramuu. HapyieHusi, BO3HUKAIOIUE B IIEPUOT
OILIOJOTBOPEHUS ¥ SMOPUOTeHe3a, KaK IPaBUjIo, Be-
YT K pa3BUTUIO CeMsH Oe3 3apojblilia, HO U He UC-
KJTIOYEHO Pa3BUTUE TOJLKO IIOKPOBOB CEMSIH.

Ha ocHoBaHUY LIMTOMOPUOJIOTMYECKOTO aHaIM3a
Pinus sibirica, MOXXHO MIPENNOJIOXUTb, YTO KATErOpUsI
CTEPWJIBHOCTH CEMSTH 3aBUCUT OT CTAINU IETEHEPALIUU
>keHckoro rametopura (Tperbsikosa, 1990). OctaHOB-
Ka pa3BUTUSI SMOPUOHATBHBIX CTPYKTYP B CEMSITIOUKE
MPUBENET K HAPYIIEHUIO TTIOJIOBOTO TIPOIIEcca U BO3-
HUKHOBEHMIO OECMOJ0r0 BOCHPOU3BEAEHUS — amo-
MUKCHCA.

ATMIOMMKCUC UBETKOBBIX PACTEHUN

B xauectBe amanrtanuu K Bo3neiicTBUIO HebJaro-
MPUSTHBIX (PAKTOPOB Cpelibl U IS COXpaHeHUsl (ep-
TUJIBHOCTH Y MHOIMX BUIOB IIBETKOBBLIX PAaCTEHUIA
(6omee 400 BunoB, oTHOCcsMXcs K 40 ceMeiicTBaM) B
XOJIe 3BOJIFOLIMY BO3HUKIIM Pa3IUYHbIC TUITHI O€CITO-
snoro BocrpousBenenus: (bareiruna, 1999; von Ar-
nold et al., 2002; Brukhin, 2017a, 20176). OoHum u3
HUX W CJieAyeT CUMTaThb aroMuKcuc. B mmpokom
CMBICJIE K aITOMHUKCHUCY OTHOCST 1 BeTeTaTUBHOE pa3-
MHOXeHNe (BUBUIIAPHIO), B Y3KOM — araMOCIIEPMUIO —
o0pa3oBaHUEe CEeMSIH C 3apOJbIIIeM MPU OTCYTCTBUU
orutonotrBopeHus: (Winkler, 1934). Takum oGpaszom,
alTOMMUKCHC MOXHO pa3denTh Ha IBa TUIIA “aramo-
CIIepMUIO” U “BereTaTUBHBIN artoMukcuc” (Stebbins,
1941; Gustafsson, 1947; Grant, 1981). K Tuny aramo-
CIIEPMMH OTHOCST 1 CIIOPO(UTHYIO — aIBEHTUBHYIO
SMOpPUOHUIO (HYUESJUISIPHYIO MU UHTETYMEHTAIbHYIO,
Naumova, 1993). Ilo mueHuro T.b. barbsirmHoO#t
(Batygina, 2012), comaTudeckue 3apoabliiy, odpa-
3yloluecs Mnpu “agBeHTUBHOU SMOPUOHUU”, HEJIb-
351 pacCMaTpUBaTh KaK BApMAHThI artoMUKcuca (“ceMeH-
Horo anomukcuca”, mo Nogler, 1984). Dtu 3aponbiim
MMEIOT pa3HbIii MeXaHU3M pa3BUTHUs (roModasHas u
rerepodasHasi pernpoayKiusi COOTBETCTBEHHO).

MHoroo6pa3ue M HeaocTaTouyHasi U3YYEeHHOCTb
THITOB alTOMUKCHCA TIPUBEIN K ITyTaHUIlE TEPMUHO-
norun (Xoxio, 1967; [MognyoHas-ApHonbau, 1976;
ITetpos, 1979; bareiruna, 2000).

OnHu ydeHble ONPEnessSIOT allOMUKCHUC TaK Ke
mupoko, kak Winkler (Fagerlind, 1940; Gustafsson,
1947; Iletpos, 1979), npyrve OTHOCST K alTOMUKCHUCY
TOJIKO araMOCIIEpMMIO — pa3MHOXEHUE IOCpe-
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CTBOM CEMSTH C 3apOIbIIeM, BOSHUKIINM 0€3 OTuIo-
notBopeHust (Asker, 1981; IlonayOHasi-ApHOJIbAY,
1976; XoxmoB, 1967) MM TOJBKO TaMeTOMUTHBIN
aITOMUKCHUC, WCKIIOYasT aIBeHTUBHYIO SMOPHOHHIO
(Battaglia, 1963; Batygina, 2012).

Psan aBTOpOB TpemiaraloT MCITOJIb30BaTh PaBHO-
3HAYHO TEPMHWHBI AIIOMUKCHUC ¥ araMOCIIEPMHUIO, pas-
JIEsIsT TIOCJIEAHIOI0 Ha raMeTO(MUTHBIN allOMUKCUC U
agBeHTUBHYIO sMOproHuio (Asker, 1981; Grant, 1981;
Nogler, 1994; Batygina, 2012).

BrifeneHye TUITOB allOMUKCHCA IPOBOIMIIACH Ta-
KuMU ydeHbIMU, Kak Winkler, (1934), Gustafsson
(1947), Mahesshwari (1950), Bataglia (1963), XoxyioB
(1967), Ilomny6Hasi-ApHonbou (1976), IletpoB
(1979), Naumova (1993), barsiruna (2000) u ap.

OpuruHanpHasl KjiacCuurKalysl TUIIOB allOMUK-
cuca 6bi1a paspadorana C.C. XoxiaoBbM (1967). AB-
TOpP CYMTAJ AIIOMUKCHUC Pe3yIbTaTOM W3MEHCHWIA,
MIPOMCXOMIAIINX Ha Pa3HBIX 3Tarax IOJIOBOTO IIPO-
1ecca. Bece ciayyau Takux HapyIeHUi, TPUBOASIIINX
K allIOMUKCHUCY, OH OTHOCHUT K YETHIPEM CIICTYIOITM
THUTIAM:

1. Attocriopust — oTCyTCTBUE (BBIITaAESHMUE) CIIOPO-
reHe3a, Kak CJICACTBHE HapyIIeHUS Melio3a. 3apoIbI-
IIIEBBII MEIIOK pa3BUBAETCSI U3 apXeCcHopusi C Hepe-
JYLUPOBAHHBIM YKCJIOM XPOMOCOM;

2. AloapXecIopysT — OTCYTCTBHE apXeCIIOPOTeHe -
3a U CIIoporeHe3a. 3apoIbIIIeBO MEIITOK pa3BUBAET-
CsI I3 BETETaTUBHBIX KJIETOK HYIIE/UTyca ¢ HepeIyIi-
POBaHHBIM YMCIIOM XPOMOCOM;

3. ATIO3UToTHsI — OTCYTCTBHE OIIJIOJOTBOPEHMUS,
3apOMBIIIEBOIl MEIIOK pa3BUBACTCSI U3 HEOIUIOHO-
TBOPEHHO! SIMIIeKIIeTKN (peaylrpOBaHHBII MapTe-
HOTeHE3);

4. AmoraMeTHs — 3apOIBIIIIEBLII MEIITIOK pa3BUBa-
eTCsI He M3 STUIIeKIIETKH, a U3 CUHEPTHI M aHTHITO
(penyurpoBaHHBIN MapTEHOTEHE3).

Taxkum obpa3oM, 3apoAbIIl MOXKET 00pPa30BbIBATh-
CcsI M3 caMBIX Pa3HOOOpa3HBIX KJIETOK M TKaHeill. Ilo
MHeHuto Ilerposa (1988), amoMukKcuc MOXHO pac-
cMaTpuBaTh, Kak OecIojioe pa3MHOXEHUE, K KOTOPO-
MY OTHOCSTCSI (DOPMBI, COXpaHSIOIINE CBSI3hb C 00pa3o-
BaHUEM CeMsIH. ATaMOCIIEPHOE PaCTeHUE IIPOUZBOIUT
CeMeHa, B KOTOPbIX 3apObIIIN Pa3BUBAIOTCS UCKITIO-
YUTEJIbHO OECITOIBIM ITyTEM.

C.C. XoxyioB (1970a, 197006) paccmarpuBai pac-
MPOCTPAHEHHOCTh AlTOMMKCHCA B CBSI3U C OCHOBHBIM
SBOJIIOLIMOHHBIM TPEHIIOM PacTeHUiT — YMEHBIIECHUE
posu rameToduTa U MOBBIIIEHUE poJiv criopoduTa. [To
€ro MHEHHIO, MPOMCXOAUT ITOCIeI0BATEIbHOE YIIPO-
IeH1e YMOpHoreHe3a 1 poJi raMeTorTa, MEXKIY TEM
KakK pas3BuUTHUE criopoduTa ycuauBaeTcs. [aronmaHast
daza Kak Obl TOCTEIIEHHO BLITECHSIETCST JUTUIOUIHOIM.
Ecnu y Mx0B raruioniHoe MOKOJICHUE TOMUHUPYET, TO
y TIAlTOPOTHUKOB CIOpodUT (Oecnosooe MOKOJEHUE)
SIBJISIETCS. AJOMUHUPYIOIII ha30il B )KUBHEHHOM LUK-
ne. FameToduT y TanmopOTHUKOB Pa3BUBAECTCSI BHYT-
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pu cnopodura: IIPOUCXOIUT O00pa30oBaHME AHTEPU-
JIMEB U apXeTOHUEB, OCYILECTBISIETCS OILIOAOTBOPE-
Hue (Takhtajan, 1997). Y ronoceMeHHBIX TaMETOMUT,
HaxomsICh B OYEHb pPEOyLMPOBAHHOM COCTOSIHUH,
pa3BUBAETCS B ITOJTHOM 3aBUCMMOCTH OT CIIOpoduUTa.
B T0 xe BpeMs1 aHIOCIIEpM (MerarameTodur), sSIBJIsI-
IOILLIMIICSI COCTAaBHOM 4YacThio TamMeTogHTa TOJIoCe-
MEHHBIX, OCTACTCS KM3HECITIOCOOHBIM M COXPaHsIeT-
Cs TI0CJIe OIUIOMOTBOPEHMS, MUTAasl pa3BUBAIOIIEECS
HOBO€ ITOKOJIeHue crnopodurta. Ha camoii BeICclIei
CTYIICHU 3BOIIOLIMH Y MOKPBITOCEMEHHBIX TPUILIO-
WIHBIA DHIOCIIEPM BO3HUKAeT B pe3yabTaTe aKTa
ormionoTBopeHus1. OCHOBHBIE eT0 PYHKIIUM OTPaHU-
YUBAIOTCSl yUacTUEM B PEIPOAYKTUBHBIX ITpolieccax
(XoxioB, 1949a, 19496).

ITo muenuto C.C. Xoxj0Ba, HE3aBUCUMOE MOSIB-
JIEHUE AalOMMKTOB B Pa3HbIX (DUIOTE€HETUUYECKUX
rpyrmnax, GeHOTUITNYecKas IIaCTUYHOCTD 3aCTaBJIsI -
10T IPU3HATh 32 HUMM 3BOJIIOLIMOHHYIO EPCHEKTUB-
HOCTb. (X0xJ10B, 1949a, 19496). TepmuH anmoMuKcUc
MOHUMAETCS B LLIMPOKOM U Y3KOM 3HAYEHU U OeCroyio-
ro BOCIPOM3BeIeHNs, KAK CUHOHUM araMoClepMHUU
WIM OECMOJIOCEMSIHHOCTU. B IIMpOKOM cMmbIcie —
MoJipasyMeBaeTcsl pacrpoCcTpaHEHUE €ro Ha BCce BTO-
pu4HO-0ecriojible (GOpMbl BOCHpPOM3BeACHUS (XOX-
qoB, 1967). KpoMme Toro, nMeercss MHEHUE, YTO aIlo-
MUMKCHUC Y TAKCOHOB 3BOJIIOLIMOHU3MPOBAT HE3AaBUCH -
MO OT MOJIOBBIX ITpeakoBbIX ¢opM (Hand et al., 2015).
ANOMUKCHUC paccMaTpUBaeTCs, KaK Bapyalus mojo-
BOTO Pa3MHOXEHMUSsI, TIPU KOTOPOM OIIpeaesieHHbIe
9Tarbl MOJOBOTO Pa3BUTUSI YTpaueHbl, U3MEHEHbI U
necuHxpoum3upoBaHbl (Cossniklaus et al., 2003).

becnonas penpoaykiiys Xopouio NpoAeMOHCTPU -
poBaHa y uutpycoBbix (Cifrus) (Naumova, 1993). V
MOCJAEAHUX M3 KJIETOK HylleJlyca U WHTeTyMeHTa
MOTYT MacCOBO Pa3BMBATbCSl COMaTUYECKHE 3apo-
neimu (mo 80 u 6osee) (Ranganath, 2004). BeposiT-
HO, B HYIIEJUISIPHOU TKaHW COCPETOTOUYEHBI TOTUTIO-
TEHTHbIE KJIETKU, oOecreuunBampliue oopa3oBaHUue
nmoToMcTBa. Takum oOpa3oM, B Mpeaeax ceMsImnoy-
KM JTI00as1 coMaTudecKasi KJieTKa MOXKET IMPUBECTU K
0ecrioioMy BOCIIPOU3BEACHUIO 1 JaTh HAYajlo HOBO-
My opranusmy. OTcioga BO3HUK TEPMHUH “OeCIIOIO-
BO€ CEMEHHOE pa3MHOXeHUe”, KaK CUHOHUM aIlo-
mukcuca (MwuHuHa, Jlapuonosa, 1979). OnHako,
ecliu pa3MHOXeHHe Oecriojioe, TO, CJeA0BaTesbHO,
JNIOMyCTUMO €ro MpHMHUMAaTh Kak BeretatuBHoe. OO
9TOM CBUIIETEBCTBYET (haKThl 0Opa3oBaHUS 3apOIbI-
11a U3 COMaTUYECKOM TKaHU, KaKoii, HarpuMmep, sIB-
JIsieTcsl TKaHb HyLeJITyca LIMTPYCOBBIX UJIW B MIpOlieC-
Cce COMaTUYECKOTO ASMOpHOreHe3a B KyJIbType in Vitro.
CornacHo koHuenuuu Nogler (1994), k amomukcucy
MOXHO OTHECTU HE TOJIbKO MHTETYMEHTAIbHYIO M-
OpUOHMIO, HO M MOHO3WUTOTUYECKYIO KIWBaXXHYIO
SMOpHOHNIO (00pa3oBaHWE OIHOSIMIIEBBIX OJM3HE-
LIOB — JIBOMHEN, TPOMHEN U T.O., U3 COMATUUYECKUX
KJIeTOK moJjioBoro 3aponbina). T.H. HaymoBa Taxske
paccMmaTpuBaia aiBEeHTUBHYIO SMOPUOHMIO B Kaue-
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cTBe (pOpMBI alTOMUKCHCA, HO MCKIIIOUAJla U3 Hero
KJIMBaXXHYI0 noJinamMopuroHuio (Naumova, 1993).

IMpy M3ydeHnn MexaHU3Ma ITiepexona pacTeHUil Ha
ITyTh alTOMMKCYCA TIPUBJIEKAIOTCS MOJIEKYJISIPHO-TEHE-
THYECKUE UCCIICIOBAHUSI. BhISIBIEHBI T€HBI W JIOKYCHI,
BIIMSTIOIIMIC HA METaCIIOPOreHe3, MEraraMeToreHe3, M-
OpuoreHe3 U TMapTeHOreHe3 B pe3yJibTare 3KCIPecCuu
KOTOPBIX IIPOMCXOOUT U3MEHEHUS B IIOJIOBOM IIpOLIecce
¥ nHAyKuyms anomukcnca (Brukhin, 2017a, 2017b).

Takum o6pa3oM, B IUTEpaType HET eAUHOTO MHE-
HUS O TIOHSTHUM arlOMUKcHca y pacteHuid. bonbimH-
CTBO aBTOPOB UCIIOJIb3YIOT TEPMUH aIIOMUKCHUC B Y3KOM
cMbiIciie (raMeTO(UTHBIN alTOMUKCUC) U HECKOJIBKO
mupe (ramMeToUTHBIN armoMMKCUC + aaBeHTUBHas
(HyLeUIsIpHast U MTHTETYMEHTaIbasl) TIOJIMIMOPUOHUST).

T.b. bareirmHoO#M B KaueCcTBEe HOBOM KaTeTOPUH Be-
reTaTUBHOTO Pa3MHOXKEHUSI PaCTCHUIA ObLIO BBEAECHO
MOHATHE “IMOPUOMAOreHUsI”. DTO OOUH N3 THUIIOB
romModa3HoO PeNpOAYKIIMHN IIBETKOBBIX PACTCHUI ex
Situ, in vivo M in vitro. DJI€eMEHTapHOUN CTPYKTYPHOU
eIVMHULICH SIBIISIETCSI SMOPUON, — HOBBIM MHAUBUIY-
yM, DOPMUPYIOLINICSI B CEMEHU WM Ha BEreTaTUB-
HBIX OpraHax acekcyajibHO. DMOpPUOU UMEET OUITO-
JISIPHYIO OpraHM3alrIo C arleKcaMy Mobera 1 KOpHs 1
HOBOM IMOJISIPHOM OChIO, TaK XKe, KaK y MOJOBOTO 3a-
ponpbiiia. st aMOpuonaa, Kak v JIJis 3apojbliiia, Xa-
pakTepHO 00pa3oBaHMe COOCTBEHHOM OCU, COSIVHSI -
JoIIei MoJIIpHO (DOPMUPYIOIINECS arleKChl modera n
KopHs1. Kak mpaBujio, oH He UMeeT OoOIleil aBacKy-
JISIPHOI CUCTEMBI C MATEPUMHCKUM OpraHU3MOM (3a-
KPBITHIN panuKyaspHbIi momoc) (bateirnua, 2000).
Ilpu BBIOENCHUM 3MOPUOUIOIEHUM B OCOOBIN THUII
PEIIPONYKIINY M pa3MHOXEHUS UCIIOIb30BaJINCh 1BA
KpUTEpUS: OHTOTCHETUYECKMII M MOpQoJornye-
ckuii. Kpome Toro, B 3aBUCMMOCTH OT ITPOUCXOXKIE-
HUSI ¥ TIOJIOXKEHUSI COMAaTHMUYECKUX 3apoblllieii Ha
MaTePUHCKOM PacTeHUM, OBLIM BBIAEICHBI IBE OC-
HOBHBbIE (DOPMBI “IMOPUOUIOTEHUM; PENPOTYKTUB-
Hast, win ¢iopanbHas (00pa3oBaHUE IIPOIMOPHO B
IIBETKE ¥ CEMEHU), M BereTaTuBHasl ((hopMHUpOBAHNE
aJBEHTUBHBIX 3apOJbIllIeii Ha JIMCThSX, TMobOerax u
kopHsx) (bareirmna, BacuibeBa, 2002; Murpoda-
HoBa, 2009). I[Ipn rameTopbUTHOM AITOMUKCHCE U a-
BEHTMBHOM 3MOpPMOHMU, a TaKKe MOHO3UTOTUYE-
CcKol KiauBaxkHoi amOopnoHuu (Maheschwari, 1950)
IIPONCXOAUT KIJIOHMPOBAaHME MAaTEPUHCKOIO oOpra-
HU3Ma M 00pasoBaHME MaTPOKJIMHHOTO ITOTOMCTBA
(Brukhin, 2017a, 2017b). BToT heHOMEH, KaK OyIeT I10-
Ka3aHo JaJiee, YeTKO IPOSIBIISIETCS B KYJILTYPE in Vitro.

BO3MOXHOCTb AITOMUKCHUCA
Y XBOMHBIX

I1pu3HaKu IposIBICHUS alOMUKCHCA ObLIM OOHa-
PYXXEHBI Y TOJIOCEMEHHBIX PaCTeHUI. DTU IIPU3HAKU
CBsI3aHBI C HapyIlIeHWEM I0J0BOro mpoiiecca (Mu-
HUHa, JlaproHoBa, 1979). O6pa3zoBaHue CeMSIH C 3a-
poIbIlIeM 0e3 OTUIOOOTBOPEHMS OBIJIO OOHAPYKEHO Y

Pinus pinaster (Saxton, 1909), Pinus nigra, Pinus wal-
lichiana (Mehra, Dogra, 1975), Pseugotsuga menziesii
(Orr-Ewing, 1957). B cemsanoukax Pinus pinaster
SIIPO SIMLIEKIIETKA HAYMHAET IEJIUTHCS paHbIIe, YEM
SITIPO CIepMMUSI TOCTUTHET apxeroHus (Saxton, 1909).
ABneHune, 6IU3KOE K alTIOMUKCUCY, ObLIO OOHapyXe-
HO y Abies pindrow, y KOTOPOIi IIPOMCXOINIIO CIUSTHIE
siipa OPIOLITHOM KaHaJIblLIEBOM KJICTKU C SIIPOM SIS~
kietku (Dogra, 1966).

Kypmnanu (2014) oOHapyXuil JOBOJIBLHO PacIIpo-
CTpaHEeHHOE siBJIeHHe — 00pa3oBaHUe CEMSIH C 3apObl-
1eM 6e3 OTIOAOTBOPEHMST Y IMCTBEHHBIX U XBOMHBIX
JIPEBECHBIX BUIOB. DTOT (peHOMEH ObLI Ha3BaH UM
“mmapreHocniepmust”’. OTmMcaHHbBIC SIBJICHUS BCTpeda-
sucek y Pinus elliottii, Pinus taeda, Pinus paluster, Pinus
virgiana, Pinus echinata, npou3pacTaloliux Ha ceBep-
HbIX ygacTKax mrata CeBepHas Kaponuaa (McLem-
ore, 1975), u Pinus sibirica n Pinus sylvestris B Cudoupu
(TpetbsikoBa, 1990). O6pa3oBaHUe CEMSH C 3apOIbl-
IIaMU B YCJIOBUSIX, MCKJIIOYAIOIIUX OIUIOAOTBOpE-
HUe, ObLIO OTMeYeHO y Pseugotsuga menziesii Tipu
M30JISIIMK XKeHekux muiiek. (Orr-Ewing, 1957). s
Pseugotsuga menziesii xapakTepHa SIpKO BbIpaXkeHHasi
CaMOCTEPUJIBHOCTh U TEHACHILIMSI K araMocIliepMuun
(amomukcucy). Mmerorcs maHHbIe 00 00pa3oBaHUM
CEMSIH C 3apOIbIIIEM B OTCYTCTBUM MYXKCKHUX IITHIIIEK
Yy pacTeHMi KJlacca 1IMKAadOBBbIX, TMHKIO, IIUXThI
b6anmp3amuueckoii (Hutchinson, 1915; Chamberlain,
1935).

HeoOrrgHast popma amomMmkcuca Obla OoOHaApy-
keHa y Cupressus dupreziana B CeBepHOUl Adpuke
(Pichot et al., 2008). DTOT peIMKTOBBIII KUIApUC HA-
cumnthiBai Bcero 231 nepeso. I1pu onbiienuu C. dupre-
ziana neibloi C. semperyirens TMOPUIHBIE 3aPOABIIIN
OKazaJuch IUILTOUAHBIMU. M3MepeHue comepKaHus
JHK B mbUIBLIEBBIX 3epHAX 00OMX BUIOB MOKAa3ajlo,
yto nbuiblia C. dupreziana OblIa DUIUIOMIHOM, B TO
BpeMs Kak mbuiblia C. semperyirens rariouaHoii. B
nurionaHoM motoMcTBe C. dupreziana ObLIN BBISIBIIC-
HbI TOJIBKO OTLIOBCKHE BapUaHTHI. DTU TaHHBIE ObLIH
noarBepkeHbl aHanu3oM JIHK. ABTophl 3aKTIOUIIIN,
YTO B JAHHOM CJTy4yae MUMEET MECTO YHUKAIbHOE SIBJIE-
HUe “Myxckoii atomukcuc”. I1pu onbuienuu C. dupr-
ziana nibuibLiON C. sempervirens ObUIA TIOJTyYeHBI Tall-
JIOUZIHbIE pacTeHus. DTo no3Boawio [Tuxoty ¢ kome-
ramMu ceiaTh BbIBOA 00 OTCYTCTBUU (PYHKIIMOHATBHBIX
SIMLIEKJIETOK Y MaTepuHCKUX nepeBbeB C. dupreziana.
Ha ocHoBaHUY reHEeTMYEeCKOTro aHaJIn3a ObLIO CETaHO
3aKJII0YeHe 00 aHAPOTeHHOM OECITOJIOM THUIIE pa3-
MHoxeHus C. dupreziana. [Jannabie ITuxota c coaBTO-
pamu (Pichot et al., 2008) moka3bIBaIOT, YTO aIIOMMK-
CHUC TIPENSITCTBYET MHOPUIMHTY U CHOCOOCTBYET BBI-
JKUBaHUIO Kullapuca. He cKIiItoueHo, 4To altOMUKCHUC
OOHApYXEHHBIN Y JTaHHOTO BUIa MOXET HAOIIOAAThCs
1 Y IpYTUX BUIOB XBOMHBIX.

E.I'. MuHuHa BbICKa3ajia MPeaIiojgoKeHUe O TOM,
YTO BO3HMKHOBEHHE aITOMUKCHUCA Y XBOMHBIX MOXKET
IIPOMCXOAUTH IIPU HAPYIIEHUSIX B IPOIIECCE HOPMAaJTb-
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HOTO CEMEHOIIIEHMS AepeBa, OCOOCHHO YacTO HAOJIIO-
JlaeMOro y rerepo3ucHbIx (popM (MunHuHa, JlappoHo-
Ba, 1979). Takue dopMbl nepeBbeB y Pinus sibirica pen-
KO, HO CHCTeMAaTUYECKM BCTPEYAIOTCSI B 3aIlagHOM
Casne. ZKeHckue IIUIIKY U CeMeHa UX pa3BUBaIOTCS
10 OAHOJETHEMY LIMKIY (BMECTO NBYJETHETO) M Xa-
PaKTepU3YIOTCSI BBICOKMM (PU3MOIOT0-OMOXMIIe-
CKUM TIOTE€HLIMAJIOM BEreTaTUBHBIX U T'€HEPATUBHBIX
OPraHOB, YTO MPOSIBJISIETCS B HOBBILLICHUHN YTIICBOIHO-
ro, aMMHOKVCJIOTHOTO ¥ TOPMOHAJIBHOTO oOMeHa. [{m-
TO3MOPUOJIOTUYECKIE MCCIIENOBAHUS OCOOC COCHBI
CUOMPCKOIT C OTHOJIETHUM PEIPOIYKTUBHBIM LIMKIIOM
Mmokazajau, 4ro (opMHUpOBaHME HaYaJIbHBIX B3TalloB
dopMHUPOBaHUS TaMeTO(MUTOB Y JAHHBIX OCOOCH 11O
TakKe KakK y TUITMYHBIX ocobeii. OnHaKo yepe3 OaquH
MECSIII IIOCJIE OITBUICHUST Y aHOMAJILHBIX 0CO0eit pe3-
KO BO3pOCJjia aKTUBHOCTb JKEHCKOTO raMeToduTa, ye-
pe3 2 Mec. TTOSIBUJINCH apXeTOHUU U (pOPMUPOBAIUCH
siinexieTkr. OmHaKO OIJIOAOTBOPEHME SIMIIEKIIETKY
He TIPOMCXOINIO 13-3a OTCYTCTBUSI BTOPUYHOI'O PO-
CTa MBUIbLIEBBIX TPYOOK MJIM MX MEIJICHHOIO POCTa
10 HAIIpaBJICHUIO K apXeroHusIM. B aToT mepuom Ha-
OJromanock AejieHue sapa siiekiieTkn (TpeTbsiKoBa,
1990). MHoraa 1o obpazoBaHUe ITIPOIMOPUO, HO 3a-
poabImn y ocobeii Pinus sibirica ¢ OTHOIETHAM PETIPO-
JIYKTUBHBIM LIUKJIOM He 00pa3oBBIBAINCH. IIpu3Haku
anoMuKcHca ObLIA OOHapy:KEHBI U MpY HapylIeHUU
ceMeHoIlIeHUs nepeBa y Pinus sylvestris, Tipon3pacTaio-
1Ieit B yCJIOBUSIX 9KoJiornueckoro crpecca (TpeTbsako-
Ba, 1990). JleeHre B HEOIUIOOOTBOPCHHBIX Slie-
KJIETKaX COCHBI CHUOMPCKOM 3aciayXuBaeT 0COOOro
BHUMAaHMS. DTO SBJIEHUE TOBOPUT O BO3MOXKHOCTU
MPOSIBJICHUSI HadyaJbHOI'0 3Talla OJHOI'0 M3 pa3HO-
BUIHOCTEM allOMMKCHCca — mapTeHoreHe3a. B maH-
HOM CJIy4yae IpOSIBJISIeTCS TMHOIeHe3, IPU KOTOPOM
MYXCKHME TaMeThl IIPUOMIKAIOTCS K SMIIEKICTKE,
BO3MOXHO, aKTUBUPYIOT €€ MOp(OIreHe3, HO B AaJlb-
HeMllleM pa3BUTUU He ydyacTByoT. ClienoBaTebHO, B
ceMsmoukax Pinus sibirica ¢ OOHOJIETHUM LIMKJIOM
pa3BUTHS ITApTEHOTEHETUYECKOE pa3BUTHE HE pea-
msyercs. CornmacHo tepmuHoyiorun T.b. barwiru-
Hoii (2000), y Takux ocobeli TpOUCXOIUT abOPTUB-
HBII ITapTeHOTeHE3.

I[lo muenuro Xoxmoma (1967, 1970a, 19706) u
E.I". MunuHoit u H.A. JlappoHoBoii (1979) anoMuk-
CHC CBOMICTBEHEH 3BOJIIOLIMOHHO MPOABUHYTHIM TaK-
coHaM. MpI nipeinosaraeM, 4To JieJieH1ue HeOII010-
TBOPEHHOI SIHIIEKIIETKU U 3HAUUTEJIbHOE YCKOPEHUE
penpOAYKTUBHOIO 1IMKJIA Y ONTMCAHHBIX BbIlle (hopM
Pinus sibirica SIBISTIOTCS TIpU3HAKaMM, CBUIIECTEIb-
CTBYIOLLIMMU O 3BOJIOLIMOHHOMN MPOABUHYTOCTH KeJl-
poB — akcenepartoB (Tretyakova, Lukina, 2017). B
MOJIb3Y MOCJEAHEro TMPENnoJ0XEHNSI CBUAETENb-
CTBYeT psifi OTIMYUI B TIPOXOXKIEHUN SMOPUOHATb-
HOro nukia y Pinus sibirica, cBI3aHHBIX C aKcelepa-
1IMeil pa3BUTUSI TEHEPATUBHbBIX CTPYKTYP Y JAHHOTO
BUJIA 10 CPAaBHEHUIO ¢ ApyruMu cocHaMu. IlepsBoe u3
HUX TPOSIBJISIETCS B MepUOl (POPMUPOBAHUS KEH-
cKoro rameToduTa IIpH OITbUICHNHU ceMsTiouek. B me-
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puon OIBUICHMS XKEHCKUI raMeTO(pUT Yy COCHBI CH-
OMPCKOI HAXOAUTCSI B CBOOOTHOSIIEPHOM CTaaAuu pas3-
BUTHSI, B TO BpeMsI KaK y APYTMX COCEH LIEHOILIMTHAS
cramusi (hOPMUPYIOIIETOCS KEHCKOro Tramerodura
OCYIIECTBIISIETCS TOJBKO mocie omnbuieHus (TpeTbsi-
KoBa, 1990). OGBIYHO MO TAKOMY XK€ IMyTH UAET pa3BU-
THE CEMSTIOYEK Y XBOMHBIX C OTHOJIETHUM LIMKJIOM I'e-
HepatuBHoro pa3sutusi (Larix, Picea, Abies). Bropoe
OTJINYKe SMOPUOHAJILHOI'O PA3BUTHS CBSI3aHO C aKCe-
JIepalueil pa3BUTHS MYXKCKOro ramerogura. Myxk-
CKOM raMeTo(UT COCHBI CUOMPCKOIT B IOl ONTbICHUS
pa3BUBaeTCsI OO TPEXKIIETOYHOM CTPYKTYpHI, T.€.
IIPOXOIUT YETBEPTHIIA MUTO3 U3 IISITH, B TO BpeMsl KaK
y IPYTUX BUAOB COCEH Pa3BUTHUE MYKCKOIO raMeTo-
¢duTa UIOET TOJBKO OO ABYX-KJIECTOYHOI CTPYKTYPhI
(4eTBepTHIiA U ISTHIII MUTO3 UAYT B CEMSIIIOYKAX BTO-
poro ronga pa3Butusi). Takum oOpa3oM, CEMSITOYKU
Pinus sibirica oTAM4YaloTCsl MpU3HAKaMy MPOIABUHY-
TOCTU cpeau coceH. OO0 3TOM Xe CBUIETEIbCTBYET U
nosiBJieHre (popM-aKceIepaToB Y COCHBI CHOMPCKOIA,
Y KOTOpOil HabIomaeTcs MNPOXOXKIASHHE 3MOpHO-
HaJIbHOTO LIMKJIA 32 OAWH BETeTallMOHHBINA IIEPHUOM,
BMECTO ABYX U, HaKOHeEIl, (paKThl AeJIeHUS siapa sii-
LICKJIETKN, CBUIETCIBCTBYIOIIME O TOM, YTO CEMSI-
nouku Pinus sibirica MOTYT pa3BHBATLCS IO ITYyTH
arloMuKcuca, Ha 4yro ykaspiBaiu E.I. MunuHa n
H.A. JlapuonoBa (1979). B uenom, aHOMallbHbIe
¢GOpMBI COCHBI CMOMPCKOM C YCKOPEHHBIM HUKIIOM
Pa3BUTHS SIBJISIFOTCS LIEHHBIM MaTepUaIioM JIJIsI OMOJIO-
TMYCCKUX U CEJICKIIMOHHO-TEHETUYECKMX MCCIICI0Ba-
Huii. [TosiBneHne opM ¢ OMHOJIECTHUM PEIPOLYKTHB-
HBIM LIUKJIOM pa3BUTUSA y Pinus sibirica TipencTaBIISIIOT
OOJIBIION MHTEPEC 11 U3YYSHUSI SBOTIOLM XBOMHBIX.

Kak yka3bIBajioCh BhILIIE, IJISI SMOpHOTeHe3a BU-
JIOB XBOMHBIX XapaKTepHO HaJM4UE I1OIU3IMOPHO-
Huu. Ilpym 3TOM 0COOOro BHMMAHUS 3aCIy:KMBaeT
KJIMBaXkHast TOJUAIMOpUOHUS. TUNBI KIIMBaXKHO IO~
JIMSMOPUOHMM Y TOJIOCEMEHHBIX OBLUIM OIMCAHbBI
X. Cunrowm (Singh, 1978), 1 HaMu y IpeacTaBUTENCH
cemeiictBa Pinaceae (Tret’yakova, Park, 2018). Co-
rmacHo Hornep (Nogler, 1984, 1994), y pacteHuii
MMEET MECTO MPOSBICHNE MOHO3UTOTUIECKOM KIIM-
BaXKHOI TIOJIMBMOPUOHUU, KOTOPYIO OH OTHOCHUT K
arroMUKcucy. Y BUIOB ceMelicTBa Pinaceae onuH 3u-
TOTUYECKUII 3apOdbIll B pe3yibTaTe KIMBaXka pac-
IIETUISIETCSI Ha YEeThIPEe CaMOCTOSITENIbHBIX WACHTUY-
HbIX 3MOpHOHa. BO3HMKHOBEHUE TaKMX 3apOAbIIIeii
IIPOMCXOIUT YK€ HE MOJI0BBIM ImyTeM. ClenoBaTeIbHO,
y TOJIOCEMEHHBIX PACTeHUI1 3apOABIIIN MOTYT (DOPMMU-
pOBaThCS HE TOJIBKO ITOJIOBBIM CITOCOOOM (aM(pUMUK-
crCcOM), HO 1 OecnoibIM (armomMukcucoM). KimBak-
Hasl TIOJIMAMOpPUOHUS Yy BUIOB ceMelicTBa Pinaceae
YCIHELIHO BOCTIPOU3BOAUTCS in Vitro.

B nureparype mpUBOIUTCS OMUCAHKUE OIBITOB ITO
MHIYKIUY allOMUKCHCA, KaK Y IIOKPHITOCEMEHHBIX,
TaK U roJIoOCeMeHHBIX pacTeHuii. [1pu aToM, Kpome
TeHETUYECKUX CITOCOO0B, MOJYYMBIINX IITHPOKOE
pacnpoctpaHeHue (IletpoB, 1979), akTuBHO wHC-
MOJIB3YIOTCS (DU3NOJIOTUYECKUE MTPUEMbI C IIPUME-
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HEHUEM peryasaTopoB pocta. O06ab0TKa pacTBOpaMu
ru606epesIIoBO KMCIOThl COCHBI JanaHHou (Pinus
taeda) v cocHbl pymenuiickoii (P. peuce) BbI3bIBAIO
pa3pacTaHue XEHCKHX IIUIIEK, HO CEMeHa B HUX He
o6paszoBeiBanuch (Stuard, Gathey, 1961). I1pu obpa-
0OTKEe OyriacCMM pacTBOpaMy WHAOJUIMACISHOMN
KHCJIOTHl M THO0epeIIOBOM KUCIOTHI IIPOUCXOIUIIO
00pa3oBaHMe BITOJIHE PA3BUTHIX CEMSIH C 3apOAbIIIa-
mu (Stuard, Gathey, 1961). Ilon meiicTBUeM CTHMY-
JIMpylommx BemecTB y Pinus pinaster (Saxton, 1909),
Abies pindrow (Dogra, 1966) u Pseudotzuga menziessi
(Orr-Ewing, 1957) obpa3yloTcsi ceMeHa ¢ 3apojibliiia-
MU 6e3 orutomotBopeHus. [1puBeneHHBIE BEILIE TPU-
Mepbl JeIE€HUS HEOILUIOAOTBOPEHHOMN SIMLEKIETKU Y
Pinus sibirica (TpetbsikoBa, 1990), MOXXHO paccMmar-
pUBaTh B KauyecTBe MPEAIIOCHUIKU IS MOSIBJICHUS
6eCcrnoJI0ro pa3MHOXEHUS Y TOJIOCEMEHHBIX.

[ ipeonosieHrsT CTepJIBHOCTHA CEMSIH M BBIpa-
IIMBaHUS HETOPA3BUTHIX 3apoblliieit Hanboee nep-
CTIEKTUBHBIM SIBJISIETCST MCITOJIb30BaHKE HOBBIX GHO-
TEXHOJIOTH, HalpaBJICHHBIX Ha KyJbTHBHPOBaHUE
MeraramMmeTo(uTOB M M30JMPOBAHHBIX 3apOABIIICH.
BaxxHBIM 3TarmoM B 06pa30BaHUs pACTCHUI B KYIbTY-
pe in vitro sIBIIsIeTCA ompeneieHne (pakKTopoB, BBI3BI-
BalOIIMX aKTUBALIMIO MeTaraMeTo(UTOB U pa3BUTHSI
3aponbllieil y pasHbIX (DOPM COCHBI CHOMPCKOM U
0COOCHHO aHOMAJBHBIX CEMSTOYEeK C OTHOJIETHUM
LIUKJIOM Pa3BUTUS XKEHCKUX IIUIIIEK.

MeTonpl aKTHUBALIMM MeraraMeTo(UTOB U IapTe-
HOTEHETUYECKOro pa3BUTHSI 3apOIbIIIA B HACTOSIIIEE
BpeMs pa3pabOTaHbI TOJBKO IJISI TIOKPHITOCEMEHHBIX
pactenuii (Kammu u op., 2000, 2006). [Tpu 3TO0M GBLIO
MOKAa3aHo, YTO aKTUBALIUS CEMSITIOUEK Y HEOTJIOIOTBO-
PEHHBIX 3aBs3€il in vifro IPEACTABUTENIEN ceMeicTBa
Asteraceae TTpOMCXOONUT TIPU CMEIIeHNN OaaHca pu-
TOTOPMOHOB B CTOPOHY LIMTOKWHUHOB. PaHHUII 5M-
OpHOreHe3 OCYIIECTBIISIETCS IIpY CMEIeHN GajaHca
TOPMOHOB B CTOPOHY ayKCHHOB.

KynberuBupoBanue merarameroduroB Pinus sibiri-
ca, B TOM UYHCJI€ U C OTHOJIETHUM LIMKJIIOM Pa3BUTHUSI,
TPOBEICHHOE Ha CTaJUU Pa3BUTHS BaKyOJIU3UPOBAHH-
HBIX apXeTrOHMEB ITI0KA3aJ10, YTO SMOPHUOHAILHEIE TIPO-
IIeCCHI TTpomoinKaMCh. Y 10% 3KCIUTAHTOB OCYITIECTB-
JISTOCH AeJIeHUE SSHLEKIICTKH, U 1LIJIU 3TaITbl GOPpMUPO-
BaHMs1 mpoaMOpro. OmHako manbHeillliee pa3BUTHE
ocra”apmBaioch (Tret’yakova, Novoselova, 2002).
ITpu 3TOM OBV TOTYyYE€HBI SMOPHUOTEHHBIE KJIETOUHbIC
KYJIBTYPBI, CLIOCOOHBIE K CAMOMOMIEPKAHUIO 1 IIPOIY-
POBAHUIO SMOPHONIIOB, 13 MerarameTodnToB. [1po-
BeJIEHHbIE CCJIEIOBAaHMS T10 KYJIbTUBUPOBAHUIO MEra-
raMmeTo(pUTOB MO3BOJIMIA HaM ITOAOMTH K IIpodIieMaM
Pa3MHOXKEHMS YHUKAIbHBIX 0COOEI Keaipa CUOMPCKOTO
C OJTHOJIETHUM LIMKJIOM Pa3BUTHSI.

COMATUYECKHWI DMBPUOTHE3

OCOOBIM TUTIOM PEMPOAYKLIMU Y PACTEHUIA IBIISIET-
CcsI COMaTHMYeCKUii SMOpHoOreHe3, KOTOphIii Hanbosee

SIPKO MPOSIBIIIETCST B KYJILTYpe in vitro. CoMaTU4eCKUiA
AMOpPHOreHe3 — aceKCyalbHBIM CITOCO0 pa3MHOXEHUSI,
MPpU KOTOPOM (GOPMUPOBAHUE 3aPOIbIIIA [TPOUCXOIUT
M3 COMAaTUYECKOIl KJIeTKM pacTeHms (von Aderkas,
Bonga, 1988; von Aderkas et al., 1990; Lelu et al.,
1994; Klimaszewska, Cyr, 2002; von Arnold et al.,
2002). D10 yHUKAJIFHOE SIBJICHHE OSCITOION PEIIPOaYK-
1uu, otkpbeiToe B 1985 1. y Picea abies (Hakman et al.,
1985; Chalupa, 1985), MOXHO OTHECTU K OTHOI U3 pa3-
HOBUIHOCTEl anoOMUKCHUCa (BETeTAaTUBHOTO AlTOMMK-
cuca), T.K. 3apOAbIIIM BO3HMKAIOT U3 COMAaTUUYECKUX
KJIETOK, a Pa3BUTHUE MX UAECT 10 TUIY 3UTOTUYCCKUX
(mojyioBeIX) 3aponbimieii. CoMaTUYECKUIA 3apOIbIIII,
nnu smopuoun (1o T.B. bareirunoii, 2000), — 3aua-
TOK HOBOTO OpraHu3Ma, 00pa3yIolniics aceKCcyalb-
HO, UMCIOIIUI OUITOJIIPHYIO CTPYKTYpPY C areKcoM
nobera ¥ KOpHS U HOBOI MOJIIPHOM OChIO, KaK Yy MO~
JIoBoro 3apopblma. B pesyinbrare ¢GopMHUPYIOTCS
MOJIHOLICHHBbIE PACTEHUSI, WIACHTUYHBIC POIUTEIb-
ckoMy ak3eMIusipy (Tretyakova et al., 2016). lepeBbst
Larix, Toy4eHHBIE Yepe3 TEXHOJIOTUIO COMAaTUYECKOTO
SMOpHOreHe3a, B TeUeHHE 8 JIET YCIHEITHO PACTYT B ITOY-
Be JeconmuToMHuka (Tret’yakova, Park, 2018).

MdeHOMEH COMaTUYECKOTO 3MOpHMOreHe3a OCHO-
BaH Ha TOTUMOTEHTHOCTU PACTUTEJIbHBIX KJIETOK —
JIIOOBIe COMaTUYECKUE KIETKH, MOTYT COXPaHSITh U
MprodpeTaTh SIMOPUOTeHHYIO KoMIleTeHTHOCTD (Fe-
her et al., 2003). ComaTuueckuii sSMOpuoOreHe3 ObLI
WHIYyLUUPOBaH y 45 BUAOB roJ0CEMEHHbBIX PACTEHUI,
BKJIIoYass NsTh ponoB Pinus, Picea, Abies, Larix,
Pseudotsuga menzesii (Becwar et al., 1990; Klimasze-
wska, Cyr, 2002; Stasolla, Yeung, 2003; Park et al., 2006;
Klimaszewska et al., 2009; Tretyakova, Barsukova,
2012; Lelu-Walter et al., 2013; Tretyakova, Shuvaeyv,
2016 w gp.). DKCIUIAHTAMU MOTYT OBITh 3UTOTHYE-
CKMe 3apOAbIIIN He3pebIX CEeMSIH, CeMSIIONU TIpo-
pactaroux ceMstH (Lelu et al., 1994), a Tak:ke 0qHO-
netHue mmooeru (Malabadi, van Staden, 2005) u He-
3pejible  MUKPOCTIOphl (aHAPOKIMHHBIE KYJIbTYpPhI)
(Tretyakova et al., 2006).

BoigensioT ngBa myTM coMaTUYECKOTO 3MOpHOre-
He3a. [lepBBIif yTh — IpSIMOIT COMAaTUYECKUIA M-
OpuoreHe3, KOriga 3apOJbIllM OO0pa3yloTcsl HEIMo-
CPEICTBEHHO 13 KJIETOK 3KCIUIaHTaTa 0e3 3Tana KaJi-
JIycoobpa3oBaHMs. B 3ToM ciiygae coMaTHdecKue
3apoJIbIIU (DOPMUPYIOTCS U3 COMAaTUYECKUX KIETOK
skcmanTa (Tret’yakova, Park, 2018). Bropoii — He-
NpsIMOM, WU KOCBEHHBII, SMOpUOreHe3, Koraa MIpo-
Jmepalys Kajuryca sSIBIsIeTCSI HEOOXOIMMBIM 3TarioM.
B HenpsiMoM coMaTH4YeCKOM 3MOpHOreHe3e 3aieii-
CTBOBaHBI “MHIYIMPOBAaHHBIE 3MOPHOIeHHBIE IeTep-
MUHMpPOBaHHbIE KJIeTKK . Hapsimy ¢ mepBUYHBIM cOMa-
TUYECKVM SMOPHOreHe30M IIPOMCXOMUT BTOPUYHBINA
SMOpHOreHe3, KOorma Ha IIOBEpXHOCTH C(hOPMUPOBAB-
IIMXCSI COMAaTUUYECKUX 3apoblllIeii o0pa3yroTcs 1ooa-
BOYHBIE 3MOpronasl (Mutpodanosa, 2009).

SKCHCPI/IMCHTHJILHBIM IIyTEM ObLIO IIOKa3aHo,
YTO MHAOYKIMA MW peaau3alid COMaTU4YCCKOIo SM-
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OpuoreHe3a y XBOMHBIX — IMPOIECC MHOTOCTyIIeHYa~
ThIl, BKJIIOYAIOIIMI TIPUMEHEHME pPa3HOOOpPa3HbIX
XUMUYECKUX COEAUHEHUI, B TOM YUCJIE U TOPMO-
HaJIbHBIX.

OH BKJIIOYAET:

— UHAYKIUIO SMOPUOTEHHBIX KYJIbTYp — (DOpMU-
poBaHNEe SMOPHUOHATIBHO-CYCIIEH30PHOI MacCHI;

— mpoyudepalnio 3MOPUOHAIBHO-CYCIIEH30p-
HOI1 MacChl ¥ MYJIbTUIUIMKALIMIO COMaTUYECKMX 3a-
pOIBIIIIEA;

— CO3peBaHUEe COMAaTUYECKUX 3apOIbIIIECii;

— IIpopacTaHre COMATUYECKUX 3aPOAbIIIEH;

— (bopMUpOBaHME PACTEHU-pETeHEPAHTOB.

Bce 3t (pasnl xapakTepu3yoTcs onpeaeaeHHBIMU
MoJleKyJIsipHbiMUu  coObITusiMu  (Klimaszewska et al.,
1997; Mac-Kay et al., 2006; Trontin et al., 2015; Zang
et al., 2019). IlepBas ¢da3a (pa3za MHIYKIIMN) COMATU-
YECKOTo 3MOPUOTeHe3a XapaKTepu3yeTcsl MPOsIBJIEHU -
eM y nuddepeHIIMpOBaHHBIX COMATUUYECKUX KJIETOK
SMOPHOTreHHOM KOMITIETEHTHOCTH KaK IIpsiMoii (0e3 ne-
mrddepeHIMany KJIETOK), TaK U HEIpsIMOI, depe3
KaJrycoobpa3oBaHue. MOXHO TIpeICTaBUTh cede u
TPEeTUi MyTh COMAaTUYECKOTO 3MOpPHUOTreHe3a — KOM-
OMHMPOBAHHBIN, KOTJa 0Opa3oBaHEe COMAaTUUYECKUX
3apobllIeil MPOUCXOAUT HEMOCPEACTBEHHO U3 CO-
MaTHUUYECKUX KJIETOK (ITIpsSIMOil IyTh) M OOpa3yeTcs
SMOPUOTEHHBII KALTYC C TaTbHEUIIEH MYJIbTUILIN-
Kalueid coMmaTuyeckux 3apojpliieii B TeueHue 1iu-
TEJILHOTO TIeprUo1a BpeMEHU (IE€CATKHU JIET).

MHayKLuys KJIETOYHOM KOMIIETEHTHOCTH K COMa-
TUYECKOMY SMOPUOTeHE3Y UAET MO/ BIUSHUEM CHUT-
HaJIOB — TOPMOHOB (ayKCUHBI, IIMTOKWUHUHEI), PaKk-
TOpPOB cTpecca (OCMOTUYECKUI, OKCUIA3HBIIA 1 BOI-
HBIIA CTpecchl), MOHBI TSIKEJbIX MeTayuioB, pH,
TeMIlepaTyphbl, CBETa, MEXaHUYCCKUX WJIA XUMUYEC-
ckux noBpexxneHuii u ap. (Ikeda-Iwai et al., 2003).
JI106011 cTpecc MOXKET BhI3BaTh PEOPTaHMU3ALIUIO XPO-
MaTUHA U M3MEHEHUE DKCIIPECCUU TE€HOB, a TaKXkKe
U3MeHEeHUEe KIJIETOUHOro MeTabojn3Ma U (U3U0JI0-
FMYECKUX TPOLIECCOB U BbI3BATh MEPEX0]l cOMaTHYe-
YeCKOil KJIETKM Ha 3MOpPMOIeHHBIN NyThb Pa3BUTHUS
(Feher et al., 2003). MMeroTcss maHHBIE 00 M3MEHE-
Huu natrepHa MetunupoBaHus JIHK B rporecce co-
MaTtudyeckoro smopuoreHe3a (Morcillo et al., 2008;
Duarte-Ake et al., 2016).

Pa3zHbiMu nccienoBaTeIsIMU ObLUIM MPEI0KEHBI
clienyrolre MeXaHu3Mbl (POPMUPOBAHUSI COMAaTUYEe-
CKMX 3apOJbILLIECH:

— (opMUpOBaHUE COMATUUECKUX 3apOAbIIICi B
pe3yJibTaTe aCUMMETPUYHOrO IEJCHUS OTACIbHBIX
KJIeTOK 3KcIuiaHTa (von Arnold et al., 2002; Belo-
russova, Tretyakova, 2008);

— KJIMBaxHasi nojauamMbpuonusi (von Aderkas
etal., 1991; Stasolla, Yeung, 2003; Tret’yakova,
Park, 2018).

B ocHOBe coMmaTuuecKoro 3M6pI/IOFCH633., TaKX€,
KakK M 3UTOTUYCCKOIO, JICKHNT INOJAPHOCTb U aCUM-
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METPUUYHOE JIeJIeHNe. ATUKAIbHO-0a3aIbHast IOJIsIp-
HOCTb OCHU MPOSIBJISIETCS YK€ B SAHIIEKJIeTKE U 3UTOTeE,
KOTOpasi COXpaHsIeTCS IIPU JaJbHEHIEeM pa3BUTUU
3apoapina (Pullman, Webb, 1994; von Arnold et al.,
2002). TlepBoe nmeneHue 3UTOTBI ACUMMETPUYHO M
IIPUBOIUT K 0Opa30BaHUIO ABYX HEPABHBIX KJIETOK:
MaJIeHbKOM TepMUWHAJIbHOM, KOTOpas HaeT Hadajio
3apoAbIITy U OOJIBIION 0a3aJbHOM KJIETKE, JalolIcit
HavaJio KJIETKe-TPYOKU U CYCIIEH30pY, IIPA 3TOM I10-
JIIPHOCTD, 3aJIOKEHHAs B 3UTOTE, B pe3yJIbTaTe ee Ac-
JICHUsI, TIONJACPXKUBAETCSI U TepelacTcs TOUYepHUM
kireTkaMm. [Ipy MHAYKIMK COMaTUYECKOIO 3MOpPUO-
reHesa IPOUCXOIUT BBHITATUBAHME KJIETOK MO Ieii-
CTBHEM ayKCHMHOB B ITUTATEJIbHOI cpejie. BEITIHYThHIe
KJIETKUA TIOJISIPU3YIOTCSI U aCUMMETPUYHO MEJISITCS.
OTHU NPU3HAKU, O-BUIMMOMY, U SIBIISIIOTCS OCHOB-
HBIMU MOP(MOJIOTUYECKUMU KPUTEPUSIMU, YKa3bIBa-
IOLIMMHU Ha MEepeXo]i COMaTUUYECKUX KIJIETOK Ha IIyTh
comatuueckoro smbOpuoreHnesa (Tretyakova, 2013;
Tret’yakova, Park, 2018). B pe3yabprate acumMmmeTpui-
HOIO JeJICHUSI Ha OOHOM M3 IIOJIIOCOB BBITSIHYTOM
KJIETKM 00pasyeTcsl MalleHbKasl KJIeTKa, U3 KOTOpPOit
OyneT ¢hopMUPOBATHCS U JJIMHHAS BHITSIHYTAsI KJIETKA
cycneH3opa (von Aderkas et al., 1991; Filonova et al.,
2002; Tret’yakova, Park, 2018).

¥ rojjoceMeHHBIX pacTeHUI, 0COOEHHO U3 ceMeli-
ctBa Pinaceae, spko BeIpaxkeH (peHOMEH KIIMBaXKHOM
TOJIMAMOPUOHMM in Vivo, B PE3yJIbTaTe KOTOPOTO dM-
OpMOHAJIbHbIE WHUIWAAIA 3UTOTUYECKOTO 3apO.Ibl-
111a, TTOJIy4eHHbIE OT OHOI OMJIOAOTBOPEHHOI siilie-
KJIETKU, paclajaloTcsi Ha YeThlpe UACHTUYHbBIC dM-
OpMOHAJIbHBIE €IVMHUIIBI, KaxXmas M3 KOTOPBIX HaeT
Havyayo 4eThIpeM 3apoabpimam-oauzHenaM (Tperbs-
koBa, 1990). Kpome Toro, Haauuue B MeraraMeTou-
Te HECKOJIbKMX apXeroHMeB (KakK IpaBwio, 2—4) u
pa3BUTHE HECKOJIBKUX 3UTOT, B TOM YMCJIE OT Pa3HBIX
MY>KCKUX FaMeT, IIPUBOAUT K JIOIIOJIHUTEILHOMY 00—
pa3oBaHUIO 3apObIllIeii, KOTOpbIE TAaKXKe aKTUBHO
kmBaxkupyior (Buchholz, 1933). V Pinus sibirica B
3apoAbIIIeBOM KaHajle OqHOTo Merarametrogura (oa-
HOI CEMSIMOYKHU ) MOXET pa3BUBaThesd 12—16 3apoabi-
meii (TperwsikoBa, 1990). He nckimoueHo, 4To B pac-
TUTEJbHBIX KJIETKaX BUIOB Pinaceae apxuBUpOBaHO
HaJIM4YKe KJIMBaXa, KOTOPHBI MOXKET peai30BbIBATh-
Csl Y COMaTUYECKUX 3apObIIIeii B KyJIbType in Vitro
MOJ 1€MICTBUEM TOPMOHOB.

KnuBaxkHas monnsamMOpuoHUsT — HauboJjiee 3ara-
JIOUYHBIM (DEHOMEH COMAaTUYECKUX 3apObIlIeii. DTOT
IpOoLIECC IIPOTEKAET B TEUCHUE BCEM XKU3HU SMOPUO-
TeHHOI KyJbTyphbl. Tak, HampuMmep, B MOJYyYEHHBIX
HaMU TIPOJU(PEPUPYIONIUX SMOPUOTEHHBIX KYJIbTY-
pax Larix sibirica B TedeHUE OECSTU JIET UAET aKTUB-
Hasl MYJbTUIUIMKALIMSL COMATMYECKUX 3apObIIIeid
yepe3 kiuBax (Tret’yakova, Park, 2018), KoTopkble
npu nepeBoje Ha cpeny ¢ ABK co3peBaioT u 06pa3o-
BBIBAIOT pereHepaHTbl. CoMaTUYeCKMid TIOJUAIM-
opuoreHe3 y Larix sibirica, TakKe KaK y IPYTUX XBOM-
HBIX, MOXHO PacCMaTpMBaTh KaK IMOBTOPSIOLINIICS
KJIMBaXKHBII mpolecc (receptive cleavage process),
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3ajioKeHHbIN B 3urore (Gupta, Dursan, 1987). Pea-
JIM3alis 3TOTO IIpolecca aKTUBHO ITPOUCXOIUT Yy
JIMCTBEHHUIIBI CHOWPCKON B KyJIbTYpE in Vifro Ha cTa-
MY TJI00YJIbI, TJIe CO3AI0TCSI ONITUMAaJIbHbBIE YCJIOBUS
JUTST KIIMBAXKUPOBAHMUSI.

Kak ykasbiBasoch BblIlle, K aTOMUKCUCY OTHOCST 1
MOHO3UTOTUYECKYIO KIMBAXKHYIO SMOpUOHUIO (00pa-
30BaHUE OJHOSMIIEBBIX OJIM3HELIOB — ABOMHE, TpOi-
Heit n T.1.) (Nogler, 1986, 1994). B oTimunie oT LIBETKO-
BBIX PAacTeHMIi, Ie KIuBaxKasl MOJU3IMOPUOHMSI, KakK
MPaBUJIO, BCTpeUaeTcsl Copaanuyecku, B BUIE OTKIIO-
HEHMI, y XBOMHBIX pacTEeHMI KIWBaXK 3apoiblllia —
€CTEeCTBEHHBII (3aKOHOMEPHBIiA) MPOLIecC, CBI3aHHbIN
C 0COOEHHOCTBIO UX Pa3MHOXEHUS, Y TTPOSIBIIEHUE €T
B KYJIBLTYPE in Vitro TIpA COMaTHIESCKOM SMOpHOTreHe3e
3aKOHOMEPHO. AKTUBHYIO KIMBaXKHYIO MOJIMIMOPUO-
HUIO Yy Larix Ha CTanuy pa3BUTHUS II100YISIPHOTO 3apO-
NIblllIa, BEPOSITHO, MOXHO CB$13aTh C KOMIETEHTHO-
CTBIO €ro KJIETOK K pa3IMYHbIM BO3ACUCTBUSIM, B
YacTHOCTU ayKcuHam. Mmrmynbc B Buae IpUTOKa
ayKCHHa B 3apOJIbllll U3 MUTATEJIbHON Cpelibl TPUBO-
IUT K MeperporpaMMUPOBAHUIO KJIETOK TJIOOYJIbI U
MPUOOPETEHUIO CIIOCOOHOCTU €€ K BOCIIPUSITUIO U
TpaHCTIOPTY ayKcuHa. Bo3MOXHOE HaKOIUIEHUE ayK-
CHHa B IJT00yJie U CHUIKEHME €ro B 0a3ajbHOI 4acTu,
CO3/7aeT IrPaJueHT IMOJISIPHOCTU, B pe3yjibTaTe KOTO-
poit 00pa3yroTcsl SMOpHUOHAIbHBIE TPYOKU (CyCIIEH-
30p) U B KOTOPBIX, IO JAaHHBIM HAIlIeTO UMMYHO-TH-
croxuMmmdeckoro ucciaenoBanus (Tretyakova et al.,
2019) aykcuHa HaKaIUIMBaeTCsl OYeHb Majio. BeposT-
HO, paszlieJieHue TJI00YJIbl MPUBOIUT K MOJTHOMY pac-
IIEMJICHUIO CYCIIEH30pa M 000COOJIEHHIO 3MOpUO.
Kpowme Toro, maccoBoe pa3aMHOXeHNE COMaTUUYECKUX
3apoJibIIIeHi y TMCTBEHHUIIBI TIPOUCXOIUT U B PE3YJIb-
TaTe pa3o0lIeHNsT SMOPHUOHAILHBIX TPYOOK CYCHEH-
3opa (Stasolla, Yeung, 2003; Tret’yakova, Park, 2018).
Pazo01ieHne sMOpruOHaIbHBIX TPYOOK CYCIIEH30pOB
B TpoJinepupymolieit sMOpUOHaTbHON-CYCITIEH30D-
HOIi Macce JIMCTBEHHUIIbI CUOMPCKON MPUBOIUT K
MHOXECTBEHHOMY (OPMUPOBAHUIO TJIOOYISIPHBIX
COMaTUYECKMX 3apojblilieii yepe3 acuMMeTpUYHOe
nenenue. [Tpy aTOM mpoliecc pa3BUTHS HOBbIX COMa-
TUYECKUX 3apObIlIeid HE OTJMYAeTCsl OT ONIMCAaHHO-
ro HaMu TIpollecca MHUIIMALMKU COMaTUYECKOTO M-
OpuoreHesa: Takue Xe BbITSSHYTbhIE MOJISIPU30BaHHbIE
KJIeTK (dMOpUOHAIbHbIE TPYOKN) aCUMMETPUYHO
nensiTcs U, GOpMUPYIOT SMOPHUOHATIbHBIE TJIOOYJIBI U
cycnensopsl (Tret’yakova, Park, 2018).

Kaxk ykasbeiBanocs Boiiire, Nogler (1986, 1994) otHO-
CWJI MOHO3UTOTMYECKYIO KIMBAXXHYIO ITOJIMAMOPHO-
HUIO K Pa3HOBUIHOCTY arioMukcrca. KinBaxHyro mo-
JIM3MOPUOHMIO, HAOIIOIAeMYIO Y 3UTOTUYECKHX 1 OCO-
OEHHO COMATHMYECKMX 3apOAbIIIeii XBOHBIX, BEPOSITHO
TaKXe MOXHO OTHECTHU K artomukcucy. IToamsmopuo-
reHe3 COMAaTUYECKMX 3apOoAblleil 4epe3 KIMBaX y
JIMCTBEHHUIIBI CUOMPCKOI B KyJIBType MIET YKe 0oiiee
necartu get (Tret’yakova, Park, 2018). Comaruyeckue
3apOoIbIIIY BhI3peBaloT Ha cpeae ¢ ABK, u mpopacra-
10T. KioHupyeMbie OepeBbsl YCIIEIIIHO PACTyT yKe B

TEUYEHUU 8§ JIeT B TI0YBE JIECOIIMTOMHUIKA. DTO OECIIO-
JIBIA TUIT PAa3MHOXEHMUSI.

Panee Hamu ObLIO MOKa3aHO, YTO pa3MHOXEHUE
COMAaTUYECKUX 3aPOIBIIIENA B KYJIBTYPE in Vitro mIpouc-
XOIUT HE TOJBKO B Pe3y/IbTare KIIMBAXKHOU IOIMAM-
OpMOHUM, HO U (3HAYUTEIBHO pexXe) 3a cCUeT 00pa3oBa-
HUS afBEeHTUBHBIX IT0YeK Ha cycneH3ope (Tret’yakova,
Park, 2018). AHamorndynoe ImoYykooOpa3oBaHUE OBLIO
onucaHo y Picea abies (von Aderkas et al., 1990).

ITono6Has mponaudepaTUBHAsT aKTUBHOCTb 3M-
OpMOTreHHEIX KYJILTYp Oblla MOKa3aHa paHee B KYJIb-
Type MeraramMmeToduToB L. decudua n KynbType 3apo-
JbIIeii TMOpUIOB TUCTBEHHULBI (Larix X eurolepis
Larix X marschlinsii) (Lelu-Walter, PAques, 2009), roe
oOpazoBanue DCM uwio B reueHue 9—17 net. Takum
0o0pa3oM, Mpolecc COMAaTUYECKOro IMojimaMbpurore-
He3a XBOMHBIX in vitro Ha Tipumepe Larix sibirica Mo-
XKET MATH 3a CUeT KIMBAXKHOM MOJUAMOPUOHMU U
MOYKOBaHMUs cycrieH3opa. OO0IIHOCTh MOPGOTEHETH -
YeCKMX IIPOLIECCOB, JIeKaIllMX B OCHOBE Pa3BUTUSI 31~
TOTUYECKUX U COMATUYECKHUX 3apPOJbIIIEA XBOMHBIX
BuaoB (Tret’yakova, Park, 2018), moarBep:kaaeT KOH-
nenuuio T.Bb. Bareirunoii (2000) o napamiean3mMe ux
pa3BUTHUS in Vivo B KYJIBTYPE in Vitro.

M3BecTHO, YTO cCOMaTUYECKUIA SMOPUOTEHE3 UIIET
MOJI CTPOT'MM FreHETUUECKUM KOHTpoJieM. TolbKo oT-
IeJTbHBIC TepeBbsI-TOHOPBI CITOCOOHBI (DOPMUPOBATH
SMOPUOTEHHBII KAJIITyC M COMAaTUYECKHE 3aPOIBIIIIHN
B KynbType in vitro (MacKay et al., 2001, 2006; Tretia-
kova et al., 2012). B HacTos111ee BpeMsT IIPOBOISITCS
aKTUBHBIC MCCIICTOBAHUS IO BBISICHEHUIO MOJIEKY-
JIIPHO-TEHETUYECKUX MEXaHW3MOB COMAaTHUYECKOIO
SMOpHOTeHe3a He TOJIBKO Y TOKPBITOCEMEHHBIX, HO 1
TOJIOCEMEHHBIX pacTeHUi. bosbllioe BHMMaHUe yie-
JISIeTCS TCHOMUKE, TPAaHCKPUINITOMUKE, ITPOTEOMUKE
n metabonomuke (Trontin et al., 2015). BrIsIBIeHBI
KJTIOUEBBIE TEHBI, KOHTPOJMPYIOIINE COMATHICCKUI
aMbpuoreHe3 y Arabidopsis thaliana — MoaeIbHOTO
pacTeHUs B pa3IMIHOTO Poaa OMOJIOTTYECKIX UCCIIe-
MIOBAHMSIX, B TOM YHMCJIE U MOJICKYISIDHO-TEHETHIE-
ckux. HecMoTpst Ha TO, 4YTO MOJeb SMOpUOTreHe3a y
TOJIOCEMEHHBIX PAaCTeHUI 3HAYUTEIIFHO OTINYAETCS
OT MOJIeJ T SMOpUoTeHe3a apadbumoricuca, OOIbIITNH-
ctBO TeHOB (78%), KOHTPOJIUPYIOIIUX COMaTHYE-
CKMIT SMOpUOTreHe3 y MpeacTaBUTeNIeil TOJTOCeMEH-
HBIX PAaCTEHUI SIBJISIIOTCSI TeHAMH-OPTOJIOTaMU, KO-
JUPYIOIIUMU O€JIKU, BBIMOJHSIONINE UISHTUYHBIC
wii cxogHble dyHkumu (Dong, Dunstan, 2000;
MacKay et al., 2006; Cairney, Pullman, 2007; Li et
al., 2013, 2014, 2016; Zhang et al., 2014; Rupps et al.,
2016). HecMoTps Ha MHOTOYMCIIEHHBIE 9KCIIEPUMEH-
TaJbHBbIE MaHHBIC, MBI €Ille JIeKW OT MOHMMAaHUS
KJIIOUEBBIX ATAIOB Mepexoaa nuddepeHIInpOoBaHHBIX
COMATHUYECKUX KJIETOK K TOTHUIIOTCHTHOMY M 3M-
OpuoreHHOMY cocTostHuio. MneHTndukanmus reHoB
(SERK, BBM, LECI, LEC2, LEC3, FUS3 v np.), 9Kc-
MIpeccHsi KOTOPBIX MPEINOIOKUTEIIFHO aCOITMUPOBa-
Ha C alTOMMKCHICOM Y TIOKPHITOCEMEHHBIX PaCTCHUM
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(Brukhin, 2017a, 20170) wuinu IepexogoM coMaThude-
CKUX KJIETOK B SMOPUOTeHHOE COCTOSTHUE Y roJI0ce-
MEHHBIX pacTeHuit in vitro (Aquea, Arce-Johnson,
2008; Li et al., 2013, 2014, 2016; Rupps et al., 2016),
WMeeT BaxKHOe 3HaueHUWe IJis JaJdbHeHIero nusyde-
HUSI MeXaHU3Ma PeryJIsiLiiU pa3BUTUS paCTEHUIN U UX
KJIOHAJIBHOTO Pa3MHOXEHUS.

SAKJTIOYEHUE

V Bunos kiacca Penopsida, Hapsioy ¢ IT0J10BO# pe-
MpOAYKIIME, HabIOIal0TCS pa3Hble TUTIBI OECII0JIO-
ro pasMHoxeHMs (amomukcuca). K HuUM oTHocHUTCS
CIMSTHUE OPIOIIHOM KaHalIbLEBOM KJIETKM C SIilie-
KJIETKOM, HylleJIsTpHast SMOPUOHUS, TeMUTaMMUSI U aH-
nporeHe3. HaubGonee sipko 0ecroiaoe pa3MHOXEHUE Y
XBOMHBIX TIPOSIBIISIETCS TIPU COMAaTUYECKOM 3MOpPHO-
TreHe3€ B KYJIbTYPE in Vitro. 3aKOHOMEPHOCTU MOpGhO-
reHe3a COMATHYECKMX M TOJOBBIX 3apOIbIleil y
XBOWHBIX UOYT MO OAHOI CXeMe: aCUMMETPUYHOE JIe-
JIEHVE KJIETOK, 0Opa3oBaHUeE MIOOYISIPHBIX 3apOAbI-
el ¥ IIWHHBIX CYCIIEH30pOB, (DOpMUPOBAHUE TKa-
HEli M OpraHoOB 3apojblllia B IIPOLIECCE CO3PEBAHMSI
[JIOOYJISIPHBIX COMATUYECKUX 3apoiblllieil. DTo Toa-
TBepxxaaeT KoHuenuuio T.b. bateirnnoii (1999, 2000)
0 mapajuieu3Me Pa3BUTHSI COMAaTUIECKMX W TTOJIOBBIX
3apoJbIlIei IBETKOBBIX pacTeHuit. Ocoboro BHUMa-
HUSI 3aCllyXXMBaeT KIMBaXXKHas NOIMAMOpuoHus. B
€CTECTBEHHBIX YCJIOBUSIX Y TOJIOBBIX 3apOAbIIIeii XBOM-
HBIX MIPOMCXOIUT pasfeeHue IMOPHO Ha YeThIpe ca-
MOCTOSITEIbHBIX 3apOIbIIIa. DTOT TUIT O€CITOI0TO pa3-
MHOKEHUS Y XBOMHBIX peaIM3yeTCs B IIPOLIECCe CoMa-
TUYECKOI0 3MOpHoOreHe3a B KYJIbTYpe in Vitro TIOM
JIEMICTBUEM PETYJISITOPOB pocTa. JUTMTeTbHBIN KIIMBaXK-
HBIIA TIPOIIECC P COMAaTUYECKOM 3MOpPHOTeHE3€e pac-
TSTUBAETCS Ha IOJITHE TOABI U CTIOCOOCTBYET aKTUBHO
MYJIBTATUIMKALIAN TTI00YIISIPHBIX 3apObIIIIEeii, a 3aTeM 1
KJIOHMpYeMbIX pacTteHuii. KioHanbHOE BOCIIPOU3BO/I-
CTBO pacTEHUIl yepe3 COMAaTMYECKUI 3MOpUOTEeHE3 U
KPMOKOHCEpBaLlsI 3MOPHMOTeHHBIX KIIETOYHBIX JIM-
HUI, UIEHTUYHBIX MATEPUHCKOMY T€HOTHUILY, SIBJISIET-
Csl OTJIMYHOM m1aTopMOit 7151 TECOBO30OHOBIICHUS U
JecoBoccTaHoBIeHUsI. Co3maHne COPTOBBIX TeHETUYC-
CKU TECTUPOBAHHBIX IJIAaHTALIMI Yepe3 COMaTUYECKUIA
aMOpuoreHe3 yxe B TedeHue 20 JeT MpakKTUKYeTCs B
Kanane, CILIA u psine eBpoeiicKuX cTpaH (IlporpaMma
Multu-Variety Forestry, MVF, Park, 2014). Unentu-
¢uKals TeHOB, PETYJIMPYIOLINX KITFOYEeBbIE 3TaITbl CO-
MaTUYECKOro 3MOpHOreHe3a, OydeT CIOCOOCTBOBAaThb
Pa3BUTHIO TEHHOM MHXXEHEPUU IS TOIYIEHHST CaMO-
KJIOHUPYIOIIMX pacTeHUI ¢ MpU3HaKaMu reteposuca. B
KadecTBe IIpUMepa MbI HEOIHOKPATHO ITPUBOIVIINA
YHUKaJIbHBIE ocoon Pinus sibirica ¢ OTHOJIETHUM pe-
MPOAYKTUBHBIM LIUKJIOM. COIIacHO TEOPUU HEMELIKO-
ro yueHoro I'anca BuHkiepa, coznaHHoOM B Hadane XX
B., K TEPMHUHY “alTOMUKCHC” OTHOCSITCS BCE THUIIBI OecC-
MOJIOTO Pa3MHOXEHMUS. ATIOMUKTUYECKUE 3apOIbIIIN
BO3HMKAIOT HE B pe3yJIbTATe CAUSTHUS JKEHCKIX 1 MY3K-
CKMX KJIETOK, a Oylarogapsi KJIOHUPOBAaHUIO MaTepUH-
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cK1X TKaHel. CoMaTHIeCKMiA SMOpHUOTeHe3 Y XBOIMHBIX
B KYJIBTYPE i Vitro SIBIISIETCS SIDKUM MPOSIBJICHEM Oec-
MOJIOTO TUIIA pa3MHOXKEHMs. MBI peajiaraeM OTHECTH
THUII PEIIPOAYKIINY Yepe3 COMATUIECKUIT aMOpHore-
He3 y XBOMHBIX K alIOMUKCUCY — BEreTaTUBHOMY aIlo-
MUKCHUCY.

BJIIATOOJAPHOCTHU

ABTOpHI BBIpaXkaloT TIIyO0OKyIo GiaromapHocTh PelieH-
3EHTY 3a LICHHBIE COBETHI TP HAITMCAHUW PYKOTIHCH.

OUNHAHCHUPOBAHUE PABOTHI

PabGota BbeImoJiHEHAa B paMKax OIOJXKETHOTO MpOEKTa
®OI'bHY MUJI CO PAH, ®UII KHI[ CO PAH (mpoexkr
Ne 0356-2019-0024 “Buopa3Hoobpa3rie KOPEHHBIX XBOW-
HBIX Y [TPOMU3BOIHBIX JIECHBIX 9KOCUCTEM ), a TaKKe TIpU ya-
CTUYHOM (uHaHCOBOI Tomaepxkke rpaHta PODU-ben_a
Ne 18-54-00010 “MoneKynsapHO-TeHeTUIECKNE MapKephl
COMaTHUYECKOIo SMOpHoreHe3a y XBoiHbIX” U rpanTa PODOU
u [TpaBurtenbcrBa KpacHosipckoro kpasi, KpacHosipckoro
kpaeBoro doHma Hayku Ne 19-44-240009 “Perenepanmon-
HBIIl MOTEHIIMA SMOPUOTEHHBIX KYJIbTYP XBOMHBIX in Vitro,
00paboTaHHBIX aHTUMUKPOOHBIMU TTENTUIAMU TPUOHOTO 1
PaCTUTEIIFHOTO IMPOUCXOKIACHNS .

COBJIIOAEHUE OTUYECKUNX CTAHIAPTOB

Hacrosiiiass cratbst He COOCPKUT OINMMCaHMA BBIITOJI-
HCHHBIX aBTOpaMU UCCJIEIOBAaHUM C ydyacTuem Jroneu uin
HMCHOJIb30BAaHUEM XKMBOTHEIX B KaUeCTBEe OOBEKTOB.

KOH®JIMKT MHTEPECOB

ABTOpBI 3asIBIISIIOT, YTO KaKOi-1100 KOH(MJIMKT UHTE-
pPEecoB OTCYTCTBYET.

NHO®OPMAILIUA O BKIIALE ABTOPOB

ABTOpBI BHECJIM paBHBII BKJIad B OOCYKICHUU Pe3yiIb-
TaTOB aHAJIM3a MMEIOIIUXCS MaHHBIX 110 Pa3MHOXEHUIO
pacteHuii kiacca Pinopsida u moAroToBKY cTaTbu IJIsI
nyoJIuKaluu.
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The Reproductive Potencial of Conifers, Somatic Embryogenesis and Apomixis
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The article presents the results of the analysis of available data on the reproduction of plants of the Pinopsida
class (sexual reproduction and asexual — apomixis). The possibilities of implementing apomixis in conifers
are considered. This method of asexual reproduction is manifested when seed formation is disturbed. A spe-
cial type of reproduction in conifers is somatic embryogenesis in in vitro culture. It is shown that the transi-
tion of somatic cells to the totipotent and embryogenic state in conifers occurs at the morphogenetic, physi-
ological-biochemical, and molecular-genetic levels. The commonality of morphogenetic processes underly-
ing somatic and zygotic embryogenesis is established. The place of somatic embryogenesis in the coniferous
reproduction system is considered.
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(BECITIO3BOHOYHBIX 1 ITO3BOHOYHDbIX)
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CPABHUTEJ/IbHO-BUJTOBAA XAPAKTEPUCTUKA JIUIINI0OB
N NX IMHAMMKA B ITPOIHECCE DMBPNOHAJIBHOT'O 1 PAHHEI'O
IIOCTOMBPNOHAJIBHOI'O PA3SBUTUA ATIAHTUYECKOTI'O JIOCOCA

(SALMO SALAR L.) 1 KYMXWU (SALMO TRUTTA L.)
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[MpoBeneHO CpaBHUTEILHO-BUIOBOE UCCIICIOBAHNE COMEPXKAHMST OOIIMX JIUITUIOB U JIUITUIOB OTACIbHBIX
KJ1accoB (00mux pochoIMnuIoB U X (ppaKinii, TPUAIWITINLECPUHOB, TUALMITINIECPUHOB, 3(UPOB XO-
JIECTEpUHA, XOJIeCTep1UHA, CBOOOIHBIX JKUPHBIX KUCJIOT) B HEOTLIOAOTBOPEHHOI UKpE, B TIpoliecce 3IMOPHU-
OHAJIBHOTO (OIUIONOTBOPEHUE, OJIACTyNIa, TacTpyJia, OpraHOTeHe3, MTUTMEeHTALIMS TJ1a3, MPeUTMIMHKA) 1
paHHEro MOCT3MOPUOHAILHOTO Pa3BUTUS (JIUUMHKA C KEJITOYHBIM MEIIKOM) aTIAaHTUYECKOTO JIOCOCS
(Salmo salar L.) n xymxu (Salmo trutta L.). CpaBHUTEIILHO BEICOKOE COMIepKaHMe OOIINX JIMITUIOB (3a cUeT
dpakium 3amacHbIX TPUALIMJITJIMLIEPUHOB) B UKPE UCCIICTOBAaHHBIX BUIOB IePe/1 OIIOJOTBOPEHUEM, OCO-
OGEHHO Yy JIOCOCs, MOXKHO pacCMaTprBaTh KaK HEOOXOIMMYIO IMPEAITOCHIIKY X JaTbHEMIIIEro SMOPOHATb-
HOTO U MOCTAIMOPHUOHAIBHOTO pa3BUTUS. [JJMHAMMKA JTUIMUIHOIO COCTaBa B MKPE UCCIEIOBaHHBIX BUIOB B
Ipoliecce AMOpHUOTeHe3a pa3InJaiach, YTo SIBJISIETCS OCOOEHHOCTHIO METab0JIM3Ma JIMTTUIOB Y 3TUX BUIOB.
Ha stanmax akTHBHOTO KJIETOYHOTO JieJieHus (6acTyJia, racTpyJia, opraHoreHe3) B 9MOpUOTeHe3e aTJlaHTH -
YeCKOTO JIOCOCS M KYMXXM OTMEUYEHO YBeJIMYeHUe KOHIeHTpaluu jJdusodocharnmmixoirHa. Ha 6onee
MO3IHUX CTAAUSIX UX SMOPUOHAIBLHOTO (IMMIMEHTALIMS TJ1a3, MPEeJIMYMHKA) U pAaHHEro MOCTAMOPUOHAIb-
HOTO (JIMYMHKA C JKEJITOYHBIM MEIIKOM) Pa3BUTHSI OOHAPYXKEHO BO3pacTaHWe KOHIIEHTpauuu dochaTu-
nuiacepuHa. bruoxuMmuueckasi pa3HOKa4eCTBEHHOCTb, O0YCJIOBJIEHHAs! pa3HbIM KOJUYECTBEHHBIM COIEp-
JKaHWEM JIMTIUIOB OTIASTbHBIX KJIACCOB Ha MCCIIEIOBAHHBIX CTAIUsIX Pa3BUTHS, CBsI3aHa, ITO-BUIUMOMY, C
0COOEHHOCTSIMU 3MOPUOHAIBHOTO Pa3BUTHUSI UCCIAEAOBAHHBIX BUIOB, B YaCTHOCTH, PAa3HOBPEMEHHOCThBIO
STHX TIPOIIECCOB.

Karoueesnie cro6a: 10COCEBBIE pI)I6I)I, aTJIaHTUYECKUIA JIOCOCh, KyMiKa, 3M6pI/IOFCH63, PpaHHEC HOCT3M6pI/IO-

HaJIbHOE Pa3BUTHUE, JTUIIUABI, JKUPHbIE KUCJIOThI
DOI: 10.31857/50475145021020099

BBEAEHME

AtnanTudeckuii 1ococh (Salmo salar L.) n xymxa
(Salmo trutta L.) aBIgOTCS OOHUMM U3 Hauboliee
IIEHHBIX BUIOB JIOCOCEBBIX PBIO MIPECHOBOMTHBIX KO-
cucteM KoJIbCKOTO MOJTyOCTPOBa M XapaKTepU3yloTCs
BBICOKOI1 BaprabebHOCTbIO JKU3HEHHBIX CTpaTeruii
(ITaBnoB u ap., 2008). Peanu3zaims Bcero KoMIuieKca
chopMUpPOBABIIMXCS Ha IMPOTSLKEHUH SBOJTIOIIMY BU-
Jla ajanTauuii, HarmpaBJAeHHbIX Ha MoaaepXKaHue pe-
MIPOXYKTUBHOM (DYHKIINY 1 BBDKUBaHKE ITOTOMCTBA, B
KOHEYHOM CYeTe, IPUBOIUT K GOPMHUPOBAHUIO (heHO-
THUIIa, HauboJiee YCTONYMBOTO K U3MEHEHUIO (haKTO-
poB cpenbl. Tak, I KyM>XKH M3BECTHA caMmasi BBICO-
Kasl 9KOJIormJyeckasl INIACTUIHOCTh 10 CPaBHEHMIO C

IpyruMu Bugamu JiococeBbix pei0 (IIlycToB, Bece-
JioB, 2006; Jonsson, Jonsson, 2011), a ee mupokas us-
MEHYMBOCTh 00ECIIEUYNBAET BO3MOXKHOCTh OCBOCHUS
M UCIIOJIb30BaHMSI PECYPCOB HaceJIsIeMOil aKBaTOPUH,
yeM OOBSICHSICTCS ITONMYJISIIMOHHAs nuddepeHIa-
Mg BUOA HA PsO MTOABUAOB, HAaJUYME PA3IMUHBIX
aKoJormdeckux ¢popM, reorpadpuaeckux pac (ILlycros,
Beceinos, 2006; Taruzans, 2007; I1aBios, CaBBauTo-
Ba, 2008). Kymxa bemoro mops neMOHCTpUpPYET
pa3BUTBIE CITOCOOHOCTH U MOTEHLIMA K 3aCeJICHUIO
HOBBIX ITPOCTPAHCTB M YCHEIIHO OCBOWJIA Pa3HOO0-
pa3HBIe U pa3INJaloIIUecs 110 PSIIY XapaKTepUCTUK
IMPECHOBOJIHEBIE BOIOEMBI (pydbd, O3€pPHO-pEUYHEIE
CHCTEMBI), OHA OJIarOITIOIyIHO OOMTACT B OTKPHITHIX,
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Tab6mauna 1. JlaTel coopa (1o rpaayCoaHsIM, T.11.) UKPbI IBYX BUIOB JTIOCOCEBbIX PbIO (Salmo salar L. u Salmo trutta 1..) Ha

Pa3HLbIX CTadUsAX pa3sBUTUA

Howmep sTana Cranus pa3BUTHS UKPEI Bup JlaTta I'papycomum (r.1.)
ATNaHTUYECKUI1 JIOCOCH 10 okTs16pst Or.m.
0 stan HeonnomoTBopeHHas UKpa
Kymxa 12 okTsA6psT Or.m.
ATIaHTHUYECKUI JIOCOCh 10 okTs0ps 2.5r.0.
1 aTam O1t0m0TBOpEeHHAS NKPa
Kymxa 12 oKTAOPSE 2.4 r.0.
ATIIaHTUYECKHIA JIOCOCh 14 oxTsI6pst 38 r.o.
2 oTan Bnacryna
Kym:xa 14 oxkTs10ps 18 r.o.
ATNaHTUYECKU1 JIOCOCH 26 OKTSOps 129 r.o.
3 sTan l'actpyna
Kym:xa 26 OKTSIOpS 110 r.o.
ATIaHTUYECKUI JIOCOCh 15 HOs1Ops 209 r.a.
4 sran OpraHoreHes
Kymxka 15 HOs1IOpst 189 r.o.
ATIIaHTUYECKUIA JIOCOCh 2 deBpans 287 r.m.
5 aTan [TurmenTanus rima3
Kym:xa 2 deBpansa 267 r.n1.
ATIIaHTUYECKMIA JTOCOCh 18 ampens 331 r.o.
6 sTamn ITpeminynHKa
Kymxa 18 ampens 312r.o.
ATIaHTUYECKUI JIOCOCh 18 anpens 331 r.o.
7 sTan Jlnunnka
Kymxka 18 anpens 312 r.o.

OPUOPEXXHBIX M 3CTyapHbIX ydacTkax Mops (Kysu-
muH, 1997).

I'ereTyeckm perepMuHUpoBaHHAS IuddepeH-
Maysi SMOPUOHOB, TMYMHOK U MaJIbKOB, TIPUBOISI -
miask Ipu IeMCTBUM pa3IUdHBbIX (PAKTOPOB Cpedbl K
00pa30BaHMUIO CJIOXKHOI BO3PAacCTHOM M CyOITOMyJIsI-
IIMOHHOM CTPYKTYpPHI JIOCOCEBBIX PbIO, OOYCIOBIECHA
LEJIBIM KOMIUIEKCOM (PU3HOJIOr0-0MOXUMUIECKUX
amanTaluii, ONpenesIIONINX BBIOOP OITHUMAJIBHOM
CTpaTerMyd pPaHHETro Pa3BUTHUSI MOJIOAU JIOCOCEBBIX
pBIO U cnenndpUKy X Ku3HeHHOro 1ukia (Beceros,
Kamoxwun, 2001; Tocher, 2003; Murzina et al., 2014).
buoxumunueckue apantanuu (GoOpMHUPYIOTCS KOM-
MJIEKCOM MoKa3aTeJieil pa3IMYHbBIX METa00IMUYEeCKUX
nyTei, BKIIIOYasl JMIUIOBI U UX XUPHOKUCIOTHBIE
KOMITOHEHTHI, KOTOpbIE, KaK OBLJIO MOKa3aHO paHee
(ITaBnoB m nmp., 2008; Johnson, 2009; Hedenona
u np., 2010, 2014, 2018; Jonsson, Jonsson, 2011; Ar-
slan et al., 2016; Myp3uHa u 1p., 2017; Mueller et al.,
2017), BbICTYyNaOT B Ka4Y€CTBE OJHOTO U3 KJIIOYEBBIX
mokaszaTelieil yCHEIIHOIO 3MOPHOHAJIBHOTO pa3BU-
THUSI U TIOCJEAYIOIIET0 pacCcesIEeHUsI CErojIeTOK JI0COo-
CEBBIX PHIO U3 HEPECTOBBIX THE3, II0 OMOTOIIAM.

Llenpio HacTOSIEro MCCAeNOBaHUS SIBISJIOCH
BBISIBJICHUE OOIMMX M creuuduiecKux (BUIOBBIX)
0COOEHHOCTE! JIUMUAHOTO MPOdUIsT U TUHAMUKU
coliepXaHUsl OTAEIbHBIX JUIMUIOB B MPOIIECCE DM-
OpUOHATBHOTO W PaHHETO MOCTAMOPUOHAIBLHOTO
pa3BuTust Kymxu (Salmo trutta L.) n aTTaHTU4eCKO-
ro nococs (Salmo salar L.).

OHTOTEHE3 Ne 2

TOM 52 2021

MATEPUAJIBI U METOJbI

HeormnnonorBopeHHasi ukpa Obula MojlydeHa OT ca-
MOK aTJIaHTUYECKOTO JIOCOCS, BUIOBJIEHHOTO B p. Cy-
Ma (6acc. beroro Mopst), 1 KyMxXu, BbUIOBICHHON B
o3epe AHuchsapBu (6acc. Jlamoxckoro o3zepa), B OK-
TI0pe Tpu TemIepaType Bombl 8.6 u 9.6°C cooTBeT-
cTBeHHO. [1ocie ormnonoTBopeHNsI MKPY EePEBE3NIU B
pBIOHOE X035icTBO B noc. CyiicTaMo W TIOMECTUIN B
3aBOACKOM MHKYOAlIMOHHOI JIOTOK C €CTeCTBEHHOM
MPOTOYHOCTBIO U3 p. YaMaceH-itoku (61°54751” c.ur.;
31°08’56” B.1.) (Supplementary materials 1). Ha 6uo-
XUMHWYECKUI aHajJn3 OTOMpalr KaK HEOILUIOZOTBO-
PEHHYIO UKPY JOCOCS U KyMKM, TaK M UKPY Ha pa3-
HBIX CTaAUSIX SMOPUOHAJIBHOIO pa3BUTU (TadI. 1).

Ha kaxnoit cramuu paszsutus opann 1o 20 nkpu-
HOK (MHAWBUAYAJIbHO) Jlococst U Kymxku. [Tocnie ro-
MoreHuzaluu npod B 10-kpaTHOM obObeMe cMecu
xjaopodopM-MeTaHo (2 : 1 mo o6bemMy) IpoOBOAWIN
skcTpakiuio ooumx sununos (OJI) mo metomy PDoii-
ya (Folch et al., 1957) cMmechio xJiopohopM-MeTaHOJI
(2 : 1 mo obobemy). ConmepkaHue OOIIMX JIMITHMOIOB
onpenesiii BecoBbIM MeTogoM (CumgopoB U 1p.,
1972). KauecTBeHHOEe M KOJWYECTBEHHOE OIlpeiesie-
HWE JIMTTAIO0B OTHASIBHBIX KJIACCOB — 00IIMX hocdonm-
nuaoB (DJI), nmaumnrnuuepuHoB (JAI), Tpuanwi-
rmanepuHoB (TAT), adupoB xonecrepuna (DXC),
xojiectepuHa (XC), cBobomHbIX >KpHBIX KucaoT (C2KK)
OCYIIECTBIISTA TIPU TIOMOIIIM MeToJa BhICOKOA((DEK-
TUBHOM TOHKOCJOIHON Xpomarorpadpuu (BOTCX).
DpakimoHpoBaHNE OOIIUX JIMITUAOB ITPOBOIVIIN
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Ha ynbTpauncThix IuractuHkax HPTLC Silicagel 60
F,s4 Premium Purity (Merck, I'epmanust). Hanece-
HUE MTPOOBI (00BEM 2 MKJT) TIPOBOAWJIM C UCTIOIb30Ba-
HHEM ITOJIyaBTOMaTUYECKOro amuimmkaropa Linomat 5
(CAMAG, IIseitiapust). B kauecTBe a/m10eHTa, a TaK-
K€ pacTBopa 1Sl HAaChIILIEHUS aBTOMAaTUYECKOM Xpo-
MaTtorpapuaeckoii kKamepsl ADC2 (CAMAG, IlIBeii-
1apusi), UCIOJb30BAJIA CUCTEMY PACTBOPUTENICH TeK-
CaH—AUATWIOBBIN 3(prp—yKcycHast kucioTa (32:8:0.8
o o6beMy) (Olsen, Henderson, 1989). BnaxkHocTh B
xpoMaTorpaduyeckoil kamepe MOAIepXKUBAIU Me-
peHacCHIIIIEHHBIM PACTBOPOM ILIMHKA a30THOKUCJIOTO
(ZnNO; - 6H,0). IIposiBieHne IMIUIHBIX MSATEH OCY-
LLIECTBJISUIA B pacTBope MenHoro kynopoca (CuSQO,) c
oprodocdopHoii kucnoroit (H;PO,) u HarpeBaHuem
10 160°C ¢ mocaeayrommM KaueCTBEHHBIM 1 KOIJe-
CTBEHHBIM OIpeaeSIeHUEM JIUITUIHBIX KOMIIOHEHTOB
npu aauHe BOJHBI 350 HM Ha aeiTepreBOil Jamrie
(Hellwig, 2008) Ha criektponeHcutomeTpe TLC Scan-
ner 4 (CAMAG, Iseiinapust). MUneHTHMKALINIO JIN-
MUIOB Pa3HbIX KJIACCOB MTPOBOIUJIU C UCTIOJIb30BAHUEM
pedepeHTHBIX CTAaHAAPTOB COOTBETCTBYIOIINX BEIIECTB
(“Sigma-Aldrich”, CIIIA) ¢ yueToM COOTBETCTBUSI 3HA-
yeHuii Rf.

KauecTBeHHOE M KOJIWYECTBEHHOE OIIpeAc/ICHUE
OTIEIBHBIX (POCHONIMIUIHBIX Ppakiuii — docdaTu-
nuixonrHa (PX), docharnnmistaHosaMuHa (PDA),
dochatununcepuna (PC), dochaTHAMIMHOZUTOIIA
(®N), nuzopocdaruamaxonnHa (JIOX), chuHromue-
muHa (CDOM) mpoBoIWIM METOIOM BBICOKO3(deK-
THUBHOM >KMIKOCTHOM xpomaTtorpacdum (BO2XKX). Axa-
JI3 BBIIIOJHSJIM C MCIIOJIb30BAaHUEM KUIKOCTHOIO
xpomartorpada “Craitep” (OO0 “AxBunon”, Poc-
cusl) ¢ KOJIOHKOI pa3zmepoM 250 X 4 MM, HAITOJIHEH-
Hoii copoeHToM Hykneocun 100-7 (“Dacuko”, Poc-
cus). B xauecTBe MOABUKHOU ha3bl MCMOIb30BAIN
CMecCh alleTOHUTPUII—MeTaHoJI—TreKcaH—85% doc-
¢opnHaga kucnora (918 : 30 : 30 : 17.5 o o6beMy) cO
cKopocThlo oToka 540 Mki/dyac. OnpeneneHue aHa-
JIN3UPYEMBIX JIMTTMIHBIX KOMIIOHEHTOB OCYIIECTBIISI-
JI1 Ha cOeKTpo(OoToOMeTpe 110 MOIJIOLIEHUIO B YiIb-
TpadrOJETOBOM CBeTe IPU JIMHE BOJAHBI 206 HM
(Arduini et al., 1996).

CraTtuctuyeckylo oopadoTKy pe3yabTaTOB IIPOBO-
VIV B OTKPBITOM IIporpaMMupyeMoii cpee R (Bepcust
3.6.1.) ¢ UCITOJIBL30BaHUEM IOIOJHUTEIbHBIX ITAKETOB
“dplyr” (Bepcust 0.8.3), “psych” (Bepcus 1.8.12), “coin”
(Bepcus 1.3-1), “ggplot2” (Bepcus 3.3.0), “corrgram”
(Bepcus 1.13). JlocToBEpHOCTD pa3IMuMii MEXIY JIM-
MUIHBIMYA KOMIIOHEHTaMM Ha OTIEJbHBIX CTaIusIX
pa3BUTUSI OTIPEAEIISIA HElTapaMeTPUUECKUM KPUTE-
puem Bunkokcona—ManHa-YutHu (MBantep, Ko-
pocos, 2003; Kab6akos, 2016; Yukem, I'poyamyHz,
2019). Paznuuust MexXny OTOCIbHBIMU JIMIIUIHBIMUI
MoKa3aTeIsIMU CYUTAIN Jo0CcToBepHbIMU I1pu p < 0.05.
Koppengiuio TUMUAHBIX KOMIIOHEHTOB Ha OTIE/Ib-
HBIX CTagUsIX PA3BUTHUS PACCUUTHIBAIM II0 METOMY
IMupcona.

UccienoBanue OBLIO BBIIIOJHEHO Ha 0a3e J1ado-
paToOpUU 3KOJIOTUYECKOM OMOXMMMWM C UCITOJIb30Ba-
HueMm obopynoBanus LIKIT denepansHOro ucciemno-
BaTeJIbCKOTO IIeHTpa “KapelrbcKnii HaydHBII IIEHTP
Poccuiickoit akanemuu HayK”.

PE3VJIBTATDBI

Pesynbrathl MccaeqoBaHus COAEpKaHUS OOIIMX
yununoB (OJI) B HEOmI0gOTBOPEHHOI UKpPE U Cpa3y
IOCJIe OIJIOAOTBOPEHMSI, a TAKXKe Ha OTACIbHBIX CTa-
JIUSIX SMOPUOHATILHOTO U PAHHETrO MOCTAMOPUOHAIb-
HOTO pa3BUTHUSI aTIAHTUYECKOIO JIOCOCS M KyMKU
MpeacTaBieHbl Ha puc. 1. YcTaHOBIEHO, 4TO comepKa-
Hue OJI B HeoITOAOTBOPEHHOI UKPE aTJIaHTUUECKOTO
JIocoCsl MU KyMXU JTOCTOBepHO pazinyaiioch (20.79 u
16.27% cyxoro BellleCTBa COOTBETCTBEHHO), B OCHOB-
HOM 3a CYET 3aIlacHBIX JIMIIUAOB — TPUALIIIMLEPU-
HoB (TAT). B mporiecce aMOpHOHAIBHOTO Pa3BUTUSI
MKpPHBI Ha 3Talle aKTUBHOTO KJIETOYHOTO AejieHus (01a-
CTyJa, racTpyJia, OpraHoreHe3, MArMeHTalMs TJ1a3) y
0001X BUIOB JIOCOCEBBIX PbIO OTMEUYEHO O0lIee yBe-
Jmuenue coaepxanust OJI mo 27.91% cyxoro Beliie-
cTBa y KyMxku 1 10 31.55% y 10coCst ¢ MOCIeny oM
CHIXXEHUEM COOTBeTCTBeHHO 10 20.56 u 25.40% cy-
XOI'0 BellleCTBa B IEpMOM BHIKJIeBa JUUYMHKU. [1pn
3TOM JMHaAMMKa u3MeHeHus coaepxkanus OJI Ha pa3-
HBIX CTaAUsIX SMOPUOTeHE3a JIOCOCSI M KYMKM pa3iv-
yanack. Bo BpemMs sMOpPHOHAIBHOTO Pa3BUTHUS CO-
nepxanue OJI BapbupyeT (B cpeaHeM) B IIpeaesiax
23—24% cyxoro BelllecTBa. Ha cramum ractpynsl u
opraHoreHe3a cogepxanue OJI moctmraer 27.91 m
31.55% cyxoro BellecTBa Y KyMXKH U JIOCOCSI COOTBET-
CTBEHHO.

Ha puc. 2 npuBeneHbI pe3yJIbTaThl KAYECTBEHHOTO

U KOJUYECTBEHHOrO aHajiu3a JIMITUIOB OTACIbHBIX
kjaccoB. [1okasaHo, 4TO B KOJIMYECTBEHHOM OTHO-
IEeHUW TOMUHUPYeT Ppakuus 3amacHbix TAI kak B
HEOIUIOJOTBOPEHHO UKPE JTIOCOCS U KYMXKH, TaK U B
HUKpe B Ipoliecce d3MOpUOHANIbHOro pa3Butusi. Co-
nepxxanne TAI' B HEOIIODOTBOPEHHOM MKpE COCTa-
B0 11.42 1 8.93% cyxoro BellecTBa y JIOCOCS ¥ KyM-
KU COOTBETCTBEHHO. B mpoiiecce sMOpUOHATBLHOIO
pazButus coaepxanue TAI BapeupoBajio B mpene-
nmax 10.83—17.95 u 12.08—15.03% cyxoro BelllecTBa, a
Ha CTaiuM JINYUHKUA (C KEJITOYHBIM MEIIKOM) —
13.93 u 10.33% cyxoro BelllecTBa y aTJIAHTUYECKOTO
JIocOoCSI M KYMXXM COOTBETCTBEHHO. B MKpe Kymxku
YCTaHOBJIEHO TOCTOBEPHOE YBEIMUEHUE COAEPKAHUST
TAT Ha cTaguy OTIOTOTBOPEHMSI, TOTIAa KaK Y aT/IaH-
THUYECKOIO JIOCOCsI — Ha cTaauu (hopMUpoBaHUsi OJia-
ctynbl. Ha MaHHBIX cTagusIX pa3sBUTUSI YCTAHOBJIEHBI
KOPPEISLMU 3TOro IMoKa3aTesis ¢ YBEIUYSHUEM CO-
nepxaHust oouux dochoaununos (OJI) (r = 0.84 u
0.84 cooTBeTCTBEeHHO) U AuaLMIraniepuHoB (JAI)
(r=0.44 1 0.62 COOTBETCTBEHHO), a TaK3Ke C OOILIUM
CHUXXEHUEM CofepXXaHUsI CBOOOIHBIX KUPHBIX KUC-
10T (CXKK) (r=10.27 1 —0.04 cooTBeTcTBEeHHO) (Sup-
plementary materials 1). JInsg KymXu u aTjJaHTUYe-
OHTOTEHE3 Ne 2
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Cranus 3M6pI/IOHEU'[bHOFO pa3BUTUA

Puc. 1. UameHnenue conepxanus oo1mx unuaoB (OJI) B HEOII0IO0TBOPEHHOI MKPE, Ha OTACIbHBIX CTAAUSIX SMOPUOHATBHO-
T0 ¥ paHHETO ITOCTAMOPHUOHAILHOTO PAa3BUTHS aTJIAHTUUYECKOTO Jococs (Salmo salar L.) n xymxku (Salmo trutta L.). [lpumeya-
Hue K puc. 1: Ilunamuka conepxanusi OJI npencrasieHa B popmare M * SE. * — ominuust noctoBepHsl (p < 0.05) ot nipenbl-
Ny CTaIMU pa3BUTHSL, 0 — OTJINYMS JOCTOBepHBI (p < 0.05) Mexxny aTIaHTUYeCKUM JiococeM (Salmo salar L.) u kymxeii (Sal-

mo trutta L..) Ha COOTBETCTBYIOIICH CTaIUU Pa3BUTHS.

CKOTO JIOCOCS BbISIBJIEHO HaKoIJIeHUe 3anacHbix TAT
Ha paHHUX CTaausX SMOPUOHAJIBHOIO pa3BUTHUS (Oy1a-
CTyJIa, TacTpyJa, opraHorexes) mo 15.03 u 17.95% cyxo-
TO BEIIeCTBAa COOTBETCTBEHHO, KOPPEIMPYIOIINX C YBE-
mmaeHneM conepxanus JAT (= 0.55 u 0.49 cootBeT-
CTBEHHO) U yMeHbIIeHneM KoHueHTpauun CXKK (r
= 0.23 u —0.28 CcOOTBETCTBEHHO), OTHOCUTEJIHLHO
OITONOTBOPEHHOM MKpHBI. OTHAKO CTOMT OTMETHUTH
pasHoHamnpaBieHHOCTh muHaMuKu CXKK (mooxm-
TeJTbHAsT KOPPEJSAIUS Y KYMXKU U OTpUIIaTeIbHAS — Y
aTJAHTUYECKOTO JIOCOCS ) Ha MAHHBIX CTATUSIX Pa3BU-
THS y UCCIeAOBaHHBIX BUAOB pbIO. Ha aTamax moaro-
TOBKM K BBIKJIEBY M HETTOCPEICTBEHHO B MOMEHT BBI-
KJIeBa JTUYMHKU OTMEUYEHO YBeJIWYeHNe KOJIUJeCcTBa
TAT y atnanTudeckoro yococs (mo 12.46 n 13.93%
CYXOTO BellleCTBa Ha CTanMsIX MPEMTMYUHKU U JIv-
YUHKU COOTBETCTBEHHO). [Ipu 3TOM y NMpemInYnHOK
KyM3KHU BhIsiBIIeHO yBeaudeHne TAT no 12.45% cyxo-
TO BEIlleCTBa, TOTAA KaK Y JUYMHOK — CHIKEHHE 0
10.33% cyxoro BelllecTBa.

OHTOTEHE3 Ne 2

TOM 52 2021

OTANYNTEeTEHON 0COOEHHOCTHIO KyYMXKU SIBJISICTCS
TakxXXe JOCTOBEpPHO 0oJiee HU3KOE colepKaHue 3pu-
poB xojtecteprHa (DXC) mo cpaBHEHMIO C aTJIaHTU-
yeckuM JococeM (1.57—2.66 u 1.78—3.30% cyxoro
BEIIECTBA COOTBETCTBEHHO), Ha MPOTSIKEHUU MpaK-
THYECKHU BCETO Meprofa SMOPUOHAIILHOTO Pa3BUTHS
(puc. 2).

Pesynbrarel McciaenoBaHUsI COAEPKAHUS JIUIIU-
OB B IIpoliecce Pa3BUTHUS JIOCOCEBBIX PBIO, Mpel-
CTaBJICHHBIE Ha PUC. 2, CBUAETEILCTBYIOT O TOM, YTO
M0 KOJWYECTBEHHOMY COIEpPXAHUIO Ha BTOPOM U
TpetheM MecTe 1ociie TAI pacmoirararorcss CTpyk-
TypHble dochoaununsl (PJI) n xonecrepun (XC),
coliep:KaHUe KOTOPbIX B HEOIUIOJOTBOPEHHON HMKpe
aTJIAaHTUYECKOTO Jiococs coctaBuwio 3.49 u 3.10% cy-
XOTO BEIECTBA, a st KyMXU — 2.74 u 2.44% cyxoro
BEIIECTBA COOTBETCTBeHHO. Ha crammsx smOpuo-
HaAJbHOTO U PaHHETO ITOCTAMOPUOHAJIBHOTO Pa3BU-
THSI OTMEYEHBI BApHUAaIlM B CONEeP>KaHUY JaHHBIX JTA-
MUOOB UISI aTJAHTUYECKOrO JIOCOCSI B Aualia3soHe
3.62—5.05 n 3.09—4.63% cyxoro BelecTBa, a IJs
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Craaust 5MOpUOHAJILHOTO Pa3BUTHUST

Puc. 2. IaMeHeHUe conepKaHUs JTUMUI0B OTACIbHBIX KJIACCOB (00IIKX (hochonunuaos, TUalMINIMLIEPUHOB, TPUALIVIIIIN-
LIEPUHOB, XOJIeCTepHHA, 3(DUPOB XOJIeCTeprHa, CBOOOIHBIX XKUPHBIX KMCJIOT) B HEOTLIOAOTBOPEHHOM UKpe, Ha pa3HbIX CTaau-
SIX 9MOPUOHAIIBHOTO U PaHHETO MOCTAIMOPUOHAIBHOTO Pa3BUTUSI aTJIaHTUYECKOTro Jococst (Salmo salar L.) v xymxu (Salmo
trutta L.). Ilpumeuanue K puc. 2: @JI — oburue pochomunuasl, AT — nuanunrnuuepunsl, TAI — Tpuanmiaraunepura, XC —
xonectepuH, DXC — acpupsl xonecrepuHa, C2KK — cBoOOmHBIE KMPHBIE KUCIOTH; ) — HEOILUIOMOTBOPEeHHAs MKpa, 1 — oruro-
TMOTBOpPEHHAs UKpa, 2 — 6J1acTyia, 3 — racTpynia, 4 — opraHoreHe3, 5 — MUTMeHTAaIM T1a3, 6 — MpeUINIUHKa, 7 — TNYMHKA.
JlnHaMuKa JTUIMAHBIX KJIACCOB MpencranicHa B popmare M * SE. * — orinumst noctoBepHHI (p < 0.05) oT nipeabiayiieii cranuu
pa3BUTHUS, 0 — OTJINYMSI AOCTOBepHHI (p < 0.05) Mexmy aTnaHTuYecKuMm JococeM (Salmo salar L.) v xymxeit (Salmo trutta L.) Ha

COOTBCTCTBY}OH.[CI?I cTaguu pa3BUTUA.

KyMxu — 3.46—4.88 1 3.40—4.53% cyxoro BelllecTBa.
Hunamuka ®JI u XC B uKpe UccleIOBaHHBIX BUIOB
JIOCOCEBBIX PBIO CXOTHA I KOPPEIIMPYET MEXKITY COO0O0i
(r=10.8610.78 0151 KyMXU1 1 aTJIAHTUYECKOTO JIOCOCSI
COOTBETCTBEHHO). OCHOBHBIMMU KJIaccaMu pochoir-
NUI0OB Y O000OMX BHIOB JIOCOCEBBIX PBIO SBISIOTCS

dochatupmnxomun (PX) u dochaTnINAITAHOI-
amuH (PDA) (puc. 3). YCTaHOBIEHO, YTO Y KyMXU
yBenm4eHue comepxxanusg MX MpoUCXOOUT Ha CTa-
JIUU OIJIONOTBOPEHUSI UKPHI, TOrAAa KaK y JIOCOCS —
Ha ctagum Onactyabl (Supplementary materials 2).
HanpHeiiliee n3MeHeHUe copepxaHusa PX B sM-

OHTOTEHE3 Ne 2

TOM 52 2021
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Puc. 3. sMmeneHue conepxkaHus (pocdoIMITMIOB OTAEIbHBIX Ki1accoB ((hochaTuaniaxoinuH, dpochatnamisTaHoaMuH, ¢hoc-
datunuiacepuH, pochaTUINIMHO3ZUTOMI, TU30DoCchaTUANIXOINH, COUHTOMUEINH) B HEOIIOAOTBOPEHHOI MKpe, Ha pa3HbIX
CTanusIX SMOPUOHAIBHOTO Y PAHHETO MOCTAMOPUOHAIBHOTO Pa3BUTHUS aTJIaHTUUYECKOTO Jiococs (Salmo salar L.) n kymxwu (Sal-
mo trutta L.). [lpumeuanue K puc. 3: ®X — dbocharuauinxonu, DDA — docharnmmistanoramud, @C — pocharnanicepuH,
DU — pocharunmnunosutoi, JIDOX — muzodbocharuamixonud, COM — cpunromuennt; 0 — HEOILUTOAOTBOPEHHAs UKpa, 1 —
OIUIONOTBOPEHHAS MKpa, 2 — OJ1acTyia, 3 — racrpyia, 4 — opraHoreHes, 5 — MUrMeHTaLus 1a3, 6 — MpeUIMYMHKA, 7 — TMYMHKA.
Jwunamuka dochonunmuaHbIX KJ1accoB npeacTaBiieHa B popmate M + SE. * — otimmuunst moctoBepHHI (p < 0.05) oT ipeabimyIieii
CTa[Iuy Pa3BUTUSI, O — OTIIMYMS JOCTOBEPHBI (p < 0.05) Mexay aTmaHTHYeCKUM JlococeM (Salmo salar L.) v kymxeii (Salmo trutta 1..)

Ha COOTBCTCTByIOHICfI CTagvuun pa3sBUTULI.

OpuoreHe3e JeMOHCTPUPYET TEHAECHIUIO K CHUXKEe-
HUIO OOIIEero KojmdecTBa JaHHo# dpakiuu PJI mo
3.16 m 2.90% cyxoro BelllecTBa Y JUYMHOK JIOCOCS B
KYMXHU COOTBETCTBeHHO. 11 DDA B 3TOT Ke Tiepuos
YCTaHOBJIEHA TEHAEHLMS K YBEJIMYEHUIO coaepxa-
Hus ot 0.23 1 0.15 go 0.37 u 0.39% cyxoro BellecTBa
y JIOCOCS U KyMXHU.

OHTOTEHE3 Ne 2

TOM 52 2021

Taxkke oTMedeHO HaKoIIeHHe hochaTuInIcepu-
Ha (PC) B UKpe Ha paHHUX MOCTIMOPUOHATBLHBIX
cramusgx passutus (mo 0.03% cyxoro BelllecTBa y
KYMXH U JIOCOCS), a TAKXKe U yBeJIMUYSHIE MITHOPHO-
ro docharnaunuHosutona (OPH) (mo 0.12 u 0.10%
CYXOT0 BEIIEeCTBA Y KYMKM U JIOCOCSI COOTBETCTBEH-
HO) B IIpoliecce pa3BuTus aMOopuoHa. Ha cramusix ra-
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CTPYJISILIMM Y OpTaHOTe€He3a BBISIBJIEHO CTATUCTUIECKU
3HAYMMOeE TIpeBaIupoBaHue JIU30(ochaTUINIXOINHA
(JIPX) y arnaHTMYECKOro JIOcocsl MO CPaBHEHUIO C
kymxeit — 0.52—0.91 u 0.29—0.08% cyxoro BeliecTBa
cooTBeTCcTBeHHO. Hanbosnblas KoHueHtpauust JIOX y
JIOCOCSI OTMEYEHA Ha CTaguM OpraHoreHe3a C OJHO-
BPEMEHHBIM CHIDKEHHEM METa00IMYEeCKH CBSI3aHHO-
ro ®X (mo 3.36% cyxoro BellecTBa), a y KyMXH — Ha
CTauM TaCTPYJISIINK, OMHAKO Y MOCJIETHE OTMeue-
HO coxpaHeHUe ypoBHs1 DX (B mpenenax 3.53—3.75%
CYXOTIO BEIIIeCTBa).

OBCYXIEHMWE

Bricokoe comepxxanue OJI B uKkpe siBsIeTcs Xa-
paKkTEepHBIM IIPU3HAKOM JIOCOCEBBIX PbIO, CBSI3aH-
HBIM C X 00pa30M XW3HU, CIICHU(OUKON MUTaHWS, a
TakKXe BKOJIOTUMYECKUMU OCOOCHHOCTSIMU Pa3MHO-
xkeHus (Atchison, 1975; Zengin, Akpinar, 2006; I1as-
J10B U ap., 2007a, 20076; Bell, Tocher, 2009; Jonsson,
Jonsson, 2011). OOHapyXeHHBIE KOJWYSCTBEHHBIC
pasmaus B cogepkanuu OJI y KyMKu 1 J10COCsI B He-
OIUIOIOTBOPEHHOI MKpe, a TAKXKe Ha HEKOTOPHIX CTa-
JIUSIX SMOpHOTEeHe3a U paHHETO MOCTAMOPUOHAIBHOTO
pa3BUTUs (JIMYMHKA C 3KEJITOYHLIM MEIIKOM) YKa3bl-
BalOT Ha BUIOCIIEIM(PUIHOCTDH JUIIMIHOTO MeTabo-
JIN3Ma paHHEro OHTOTeHe3a Y UCCIeOBaHHbBIX BUIOB,
YTO, MO-BUAVMOMY, SIBJISIETCSI OOHUM U3 (haKTOPOB,
ONpeaeIISTIONINX PAa3HOBPEMEHHOCTh PAa3BUTHS U pa3-
JIMUMSI CPOKOB BhIKJIeBa TuunHoOK. Panee (Hedenosa
u np., 2010; Murzina et al., 2014) Obl1a TPOAEMOH-
CTPpHPOBaHA Pa3HOKAYECTBEHHOCTD JIUIIUIHOIO IIPO-
GuIIs TeKy4yeil MKpBI U3 pa3HBIX YacTell IMYHMKA aT-
JIAHTUYECKOTO JIococs U ropoyiu (Oncorhynchus gor-
buscha), KoTopast BHOCJIEICTBUM MOXET CKa3bIBATHCSI
Ha CIIOCOOHOCTHU K OIUIOAOTBOPEHUIO, POCTE U pa3-
BUTHUM 3apOJIbIllIa 1 JaIbHelIeil nuddepeHnnanum
MOJIOOHU JIOCOCEBBIX PHIO.

Hwu3zkas temnepaTtypa v JUIMTENbHBIIT MHKYOAIIM-
OHHBIN TIEPUOI PA3BUBAIOIIECIHCS WKPbl B 3UMHEE
BpeMs, a TaKXKe BBIKJIEB JIUYMHOK BECHOM B CHCIIM-
duyecknx Tpo(PUIECKUX YCIOBUSIX (IIPU HEAOCTATKE
KOPMOBBIX OOBEKTOB), MO-BUAUMOMY, OIPEACISIOT
BBICOKMIT ypOBEHB 3an1acHBIX TAI' B MKpe JTOCOCEBBIX
pbei6 (MacFarlane, Norton, 1999; Halver, 2000). Ha
HAyaJbHBIX CTAagUsIX SMOPUOHAILHOTO Pa3BUTUS
(6nactyia, ractpyia) TAI He MCTIONIB3YIOTCS B Kaue-
CTBE MCTOYHUKA DHEPrUM, ITOCKOJIbKY Ha JaHHBIX
aTamax mnpeobiafaloT peakuuu riaukonusa (Mumb-
MaH U ap., 1977), a morjolieHue KMCI0poaa HEBEIMKO
(PerxkoB, 1976; OsepHiok, 1985; FOposuLikuii, 1999).
Kpowme Toro, cornacHo maHHbIM autepaTtypsl (Tocher
et al., 1985; Cejas et al., 2004), Ha paHHUX CTaaUsIX
pa3BuTHS 3aposbiiia Bo3MoxkeH cuHTe3 TAI de novo.
s 0601X BUIOB JTOCOCEBBIX PhIO OTMEUEHO HAKOIT-
nenue TAI Ha paHHUX CTagUsIX SMOPHUOHATBHOTO pa3-
BUTHSI, TOTHA KaK Ha MO3IHUX CTaAUsSIX SMOPUOHAIIb-
HOTO pa3BUTUSI (OpraHOreHe3, MUTMEHTALMs IJia3,
MpeIMINHKA) U PAHHETO ITOCT3MOPHUOHAILHOTO pa3-

BUTHS IIPOCIIEXKMBAETCS OOIIee CHIDKEHHE COMepKa-
Hus TAT, yTo yKa3bIBaeT Ha UCIOJIb30BaHNE JAHHOTO
KJIacca JIMINIOB B KAYeCTBE SHEPIeTUYSCKOTO UCTOY-
HUKA. YCTAHOBJICHHBIE pa3IW4uMsi BO BpPEeMEHU MC-
noyib3oBaHusl TAI' B KauecTBe 3HEPreTUYSCKUX KOM-
IIOHEHTOB B IpolIecce SMOPHOTeHe3a JIOCOCS U KyMKU
OIIPENEeIISIIOTCS, CKOpPee BCETO, BUIOBOM CIIEHM(UKOMN
pa3BUTHS SMOPUOHA, 2 HAa YPOBHE METa00IM3Ma JIMTIH -
JIOB — peryysiiyeil akTUBHOCTU (pepMeHTa JIUIIa3hbl
WIY aKTUBaluei (pepMeHTa IMMIAa35bl.

OtMmeueHHOe cHIKeHue conepxkaansg TAI y 060-
X BUAOB PbIO Ha CTaIUMM MUIMEHTALIUM TJIa3 CBSI3a-
HO, CKOpee BCEro, ¢ yCHJICHHMEM METa0OJIMYeCKUX
IIPOLIECCOB — HA JAHHOM CTaIuM 3MOPHOHAJIBHOTO
pa3BUTHUS HauMHaeT GYHKLMOHMPOBATh ITeUYeHb, I
IIpOTeKaloT IIpoliecchl JmnoreHe3a (MrHaTbesa,
1979; Oszsepniok, 1985; PerkkoB, Kpymensn, 2004).
Panee 0b110 mokazano (Hedenona, 1989), uto macca
XKeJITKa SMOpPHOHA JIOCOCS OT CTaIuM APOOJICHUS 10
MUTMEHTALIMU TJ1a3 MOXET CHIKAThCS 10 24 % 3a cuet
Jerpagalyy JAMUIHBIX KOMIIOHEHTOB (B TOM 4YuCJIe
sHepreTudeckux TAI), 4To ObUIO TakKe IIOATBEP-
XJIEeHO B HACTOs1IEeN paboTe.

M3BecTHO, UTO 110 TIepexoaa Ha 3K30reHHOE MUTa-
HUE JIMYMHKU JIOCOCEBBIX PHIO B TEUEHUE HECKOJb-
KMUX AHEH Mmocjie BhIKJEeBa IOJydaloT SHEPTUIO Tpe-
MMYILIECTBEHHO 3a CYET COOCTBEHHBIX 3aI1acoB (DKO-
JIOro-0MoXuMUYecKuii craryc..., 2016; Jin Y. et al.,
2019). Y IMUMHOK KyM>KU ObLIIO OTMEUYEHO CHUKEHUE
cogepxanuss TAI' mo cpaBHeHMIO C TIpedbIOyIICH
cTaaueil pa3BuTus (MpeaTUIMHKOI), UTO YyKa3bIBaeT
Ha aKTUBHYIO Aerpanaiuto TAI', Torna kak y aTjlaHTH-
YeCKOro JIOCOCSI YCTAHOBJIEHO MOBBIIIEHUE COAepXKa-
Hust TAI'. OTcyTcTBUE Y TUUYMHOK JIOCOCS IOCTOBEP-
HBIX Pa3INYMii MEXIy JAaHHBIMU CTaIUSIMU Pa3BUTHUS
B KoJmdecTBeHHOM coaep:kaHnu TAI', BeposTHO, CBSI-
3aHO C TeM, YTO JJMYMHKU JIOCOCS B KAUeCTBE SHEPreTH-
YECKHUX UCTOYHMKOB, TIPEANOUTUTEIbHEE UCTIONb3YIOT
YIJIEBOBI, a JIMUMHKU KyMxXu — junuiabl. [Toxoxue
pe3yJibTaThl ObUIM TOJIyYeHBI M B APYTMX paboTax
(JlanmunH, HlatyHoBckmii, 1981; Hedenona, 1989; He-
MoBa u ap., 2014; Myp3uHa u ap., 2017).

Jwuramuka ucrons3oBanus TAIT B kauecTBe 3HEp-
FeTUYECKMX MCTOUHMKOB ITOATBEPXKIACTCS ee Koppe-
JISIIYeil ¢ IMHAMUKOM €r0 MeTa0OoJIMYeCKOro IIpelie-
crBeHHnka — JIAI, a Takke NpPOOYKTOB THIPOJIN3a
TAI — CXK. O6HapyxeHo (Supplementary mate-
rials 1), yro koadpunments! koppensiauu C2KK y aT-
JIJAHTUYECKOTO JIOCOCS M KYMXU pa3andaloTcs, 4To
yKa3bIBaeT Ha pa3jinuusi B MeTaboIM3Me JIMIIUIOB B
sMOpuoreHe3e 3TUX BUAOB pbIO. IloBBIIIEHHOE CO-
nepxanne CKK orMedeHO Ha CTaIMM OTLJIOJOTBOPE-
HUS Y KyMKM Y Ha CTaguU OJIaCTYJIbI Y JIOCOCS, a TaK-
Ke MocJie MUTMEHTAllMM I71a3 y 000uX BUOOB, YTO
YKa3bIBaeT HA aKTUBHBIE META00JIMUECKHE IIPOLIECCHI
(nuIionur3) Ha JAaHHBIX 3Tamnax pa3BUTHUS. DTU JaH-
HEBIC COIVIACYIOTCSI C IIPEACTaBICHUSIMU O TOM, YTO
CXK axTMBHO MCHOJIB3YEeTCS B KaUeCTBE DHEPTECTU -
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YEeCKOTO0 MCTOYHUKA TIPU YCUJICHUU (DU3HOJIOTHYE-
ckux 1poueccoB (Cowey et al., 1985). Kpome Toro,
yBenanueHue cogepxanust C2KK oka3bIBaeT BIMsSHUE
Ha MHOTHE KJIETOYHBIE IIPOLIECCHI, TAKKE KAaK PETYIISI-
YIS AeSITEIbHOCTU HEKOTOPBIX (DEPMEHTOB, YUacTUe
B mepenadye KJISTOYHOTO CHTHaja, MOAYJIMPOBaHUE
CBSI3BIBAHUSI CTEPOUIHBIX TOPMOHOB C pelleTITOPaMU,
TpaHCKpUIIIMS HeKoTopbIX reHoB (KorreBa, besyr-
JI0B, 1998).

YcraHoBieHHas1 TIOHWXEHHAasi KOHIEHTpalus
OXC B UKpe KyMXHM OIpeAessieTcsi pa3HOi moTpeo-
HOCTBIO OpraHM3Ma B JIUTIMAAX OTAEJbHBIX KJIACCOB.
CTOUT OTMETUTDb, YTO JUHAMUKA U3MEHEHUST COAEP-
xkaHus1 OXC y KyMXXH 1 JJO0CcOCs B Ipoliecce IMOpUO-
reHe3a B OCHOBHOM CXOJIHa, OJJHAKO HEKOTOPbIEe pa3-
JINYMs OOHAPYXKEHbI Ha CTAAUU OTIOOTBOPEHUS UK-
pbl — cHUXXeHue coaepxaHust 9XC y jococs (¢ 2.13
1o 1.78% cyxoro BelllecTBa) M YBeJIMICHUE €TO COIEP-
XKaHusa y Kymxu (¢ 1.57 1o 2.24% cyxoro BellecTBa).
DTO MOXET OBITH CBSI3aHO ¢ 00Jiee aKTUBHBIM pa3py-
IIEHUEM KOPTUKAJIbHBIX aJIbBEOJI Ha CTaANU OTIOI0-
TBOPEHUS Y JIOCOCS C TIOCJIEYIOIIMM BbICBOOOXIE-
HHEM XOJIeCTEpUHACTepa3bl MO CPaBHEHUIO C KyM-
xkeit (Ionescu et al., 1979; Gwatkin et al., 1980).

PaszBuBatoiasicsi B 5SMOpHUOTEeHE3¢ UKpa SIBJISETCS
“3aKpBITOI” , OTHOCUTEIIFHO TOMOT€HHOI CUCTEMOIA,
HaxoIgMIeiics Ha ITOJTHOM “caMoo0ecIiedeHUn” HOp-
MaJIbHOTO pa3BUTHUSI 3MOpuoHa. B3anmMocBsizaHHOE
n3MeHeHue oomux PJI u XC B mpouecce pa3BUTHUS
WKpPBI COTJIACyeTCs C HEOOXOOMMOCTBIO ITOMIepKa-
HUS ONpeaeSIeHHOM CTPYKTYpbl OMOMeMOpaHbI KIeT-
KM, B YaCTHOCTHU ee XUIKocTHocTu (bonmbipes u np.,
2006). Ha cragum OmIOZOTBOPEHUSI IIPOUCXOIUT
yBesmmueHue coaepxxanust @JI u XC, uyrto sgBisercs
OCHOBHO1 XapaKTEpUCTUKO CYIIECTBYIOIINX Pa3in-
YU MEXKIY JIOCOCEM U KyMXKeii, MOCKOIbKY MMEHHO
3Ty CTaaulo pa3BUTHUS UKPHI cBsa3biBaloT (Finn et al.,
1995) ¢ HayaIOM MPOLIECCOB JIeJIEHUS KJIETOK U “pu-
TUTHOCTBIO OMOMEMOpaHbBI” OT BO3IEUCTBUIT BHEIII-
Helt cpennl. [Tpu 3ToM, JaHHBIE 00 001IEM CHUKEHUU
comepxanuss ®X u yBeanueHuu PDA B mporecce
pa3BUTHUSI MCCIEOOBAaHHBIX BUIOB JIOCOCEBBIX PBIO
YKa3bIBalOT, MO-BUAMMOMY, Ha IepecTpoiiky pocdo-
JIMIUIHOTO KapKaca MeMOpaHBI IIPU IIOATOTOBKE K
BBIKJICBY TMIMHKU.

OtMmeueHHOe HakoruieHue MC B nkpe Ha paHHUX
MOCTAMOPUOHANBHBIX CTAAWSIX PAa3BUTUS, YKa3bl-
BacT Ha MPOLECCHl MHAWLIMPOBAHUS aKTUBHOCTU
Na*/K*-AT®-a3pl — OCHOBHOIO KOMIIOHEHTA OC-
MoTuueckoit peryinsuuu (BoageipeB u np., 2006).
VYBenmuueHue muHopHoro MU B mporecce pa3BUTUS
SMOpHOHa onpenenseTcss ydactueM gaHHoro ®JI B
pETyIsILIMM OOMeHa KaJlbliMs BHYTPU KJIETKU B Kade-
CTBe BTOpUYHOTO MecceHmkepa (Pamuenko u np.,
2005). B coBokymHocTu, yBeaumdeHue cuHre3za XC,
cHuzKeHue cogepxaHust X U IMOBbIICHUE KOHIIEH-
tpauun ®DA, ®C u ®U ykaszbiBaeT Ha aKTUBHYIO
KJIETOYHYIO TIEpPECTPOMKY OpTraHM3Ma, HallpaBJIeH-
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HYI0O Ha yBEJIMYEHHE KMAKOCTHOCTH OmoMeMOpaH
KaK JJIs1 ONITUMAaJIbHOM paboThl MEMOPaHOCBSI3aHHBIX
¢depMeHTOB, TaK U IS IIepeladyr CUTHAJIOB BHYTPb
KiIeTk. OnTUMaabHOE COOTHOIIEHUE XOJIeCTepUHA
K ¢pochomunuaam (XC/DJI), koaddpuumernra JIbep-
I, KOTOPHII OIMCHIBAET MUKPOBSI3KOCTh OMOMEM-
OpaHbI, CBUIETEIBCTBYET O BIMSHAM 3TOTO ITapaMeT-
pa Ha aKTUBHOCTh MEMOpPaHOCBSI3aHHBIX (DEPMEHTOB 1
OOMEHHEBIC TIPOILIECChl B pa3BMBAIOIIEMCsI OpraHM3Me
(Crockett, 1998; Mitra et al., 2004). Ha nportsckeHumn
BCEro YMOPHOHAJILHOTO M pAaHHETO MTOCTAMOPUOHATb-
HOTO Pa3BUTHS UKPEI 3TO COOTHOIIEHNE COXPAHSIJIOCh
B IIpe/ieJIax OMMHAKOBBIX 3HAYE€HUI Y 000MX BUIOB JIO-
coceBhIX pBIO. TOJIBKO Yy paHHUX JIMYMHOK B TIEPHUOL,
I0CJIe BBIKJIEBA MKPHI M3 O00JIOYEK OBLIa OTMEYeHa
TeHIeHIU K yBemmaeHnio XC/DJI oo 1.00 1 1.10% cy-
XOro BEIIECTBA Y KYMXKH M aTJaHTUUYECKOIO JIOCOCS
COOTBETCTBEHHO.

Y aTiaHTHUUYeCcKOro Jiococsi OTMEYeHa BbICOKas
KoHLeHTpauus JI®X Ha cTanuu opraHoreHesa ¢ oji-
HOBPEMEHHBIM CHIXKEHUEM MeTab0INUeCKU CBSI3aH-
Horo ¢ HUM DX, Torma Kak y KyMKd — Ha 3Talle ra-
CTPYJISIUU ¢ coxpaHeHueM ypoBHs DX, uto, Bepo-
sITHEe BCero, CBSI3aHHO ¢ peauwivpoBaHueM JIDX
(KaparessH, 1972; Murzina, 2009). M3BectHO, 4TO
HakoruieHue JIMX yBeluyuBaeT IMPOHUILIAEMOCTb
MeMOpanbl 11t noHoB (Ocamuas u ap., 2004). Kpome
toro, JI®X mon neiictBueM docdonunasel D MoxkeT
MpeBpallaThes B IM30(hochaTUIHYIO KUCIOTY, KOTO-
pasi, B CBOIO ouepellb, TECHO CBsI3aHa C TpolieccaMmu
nuddepeHInanuy KIeTK1, €€ pOCTOM, ITOJIBUXKHO-
CThIO ¥ BekMBaHueM (bepnuuesen u ap., 2010).

3AK/IIOYEHHUE

ITpu uccnenoBaHUM JIUTTMIHOTO TIPOMUIIS U TMHA-
MUKW COMNEpKaHUs OTAEJbHBIX JIMITUIOB B Ipolecce
SMOPHOHAJILHOTO M PaHHEro ITOCTIMOPHOHAJIBHOTO
Pa3BUTUSI KyMXKU U aTJIAHTUYECKOTO JIococs Oblia 1Mo-
KazaHa OMOXMMUYECKast pa3HOKAYEeCTBEHHOCTh (KOJTH-
YeCTBEHHAsT) JIUMUAOB KakK I10 CTAAUSIM Pa3BUTHUS, TAK
U MEXIy HCCIeIOBaHHbIMU BUIaMU PbIO. Bbicokoe
coliepKaHue OOIIVX JTUIMMUIOB U UX DHEPreTUUEeCKUX
¢GOpM B MKpE MCCICIOBAHHBIX JJOCOCEBBLIX PHIO 00y-
CJIOBJIEHO HEOOXOAVMMOCTBIO UX HCIIOJb30BaHUSI B
MOCAeAYIOIIEM 3MOPHOHAILHOM U paHHEM JIN4U-
HOYHOM Pa3BUTUH B 9KOJOTMYECKUX YCIOBUSIX, CIIO-
JKUBIIMUXCS B OMOTOIAX, B KOTOPBIX MOJIOJb Pa3BUBa-
eTCs OO0 HACTYIUJICHUSI CMOJITU(MUKALIMU U TIepexona
U3 TIPECHOI cpeabl B MOpCKylo. HecMoTps Ha TO, UTO
9T TMPOLECChl TeHETUYECKU NeTePMUHUPOBAHBI,
OHU TECHO CBSI3aHBI U PETYJIUPYIOTCSI SIIUTEHETUYEC-
CKUMMU YCIIOBUSIMHU, CBSI3aHHBIMU C YCJIOBUSIMU CPEIbI
obuTaHusl (TeMIepaTypoil, YypOBHEM PacTBOPEHHOIO
KHUcJIopona, (GOTONMeproaoM U ap.). Tak U3MeHEHUs
colep>XaHUSI M COOTHOIICHUSI MHAMBUAYanbHbIX DJI
(OX, PBA, ®C) MOKHO paccMaTpUBaTh KaK KOMIICH-
CaTOPHYIO aJanTalUil0 SMOPUOHAJIBHOTO U PaHHETO
MOCTIMOPHMOHAILHOTO Pa3BUTUSI MCCIICIYEMBIX PEIO,
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HaIpaBJeHHYIO Ha TonAepXaHWe OITUMAaJILHOMN
MUKPOBSI3KOCTH bmomeMOpaH. Kpome Toro, nanHbie
00 M3MEHEHUM TaKux (PU3NOJIOTMYECKM AKTUBHBIX
BEILECTB JIUITMAHOM ITpupoabl Kak @U, JIOX u JAT
B IIpollecce 3MOPHMOHAJIBHOTO Pa3BUTHUS JOCOCSI U
KYMKM MOXKHO paccMaTpWBaTh C TOYKHM 3pEHUST MX
3HAYMMOCTH B PETYISIIINN OMOXMMHUYECKUX U (PU3HO-
JIOTUYECKUX IIPOLIECCOB B KAYSCTBE BTOPUUYHBIX MEC-
CEHIIXKEPOB.

Ha o61mmit MexaHn3M aganTaiyuy K OCBOCHUIO HO-
BOI cpenbl OOMTaHUS Y 000MX BHUIIOB JIOCOCEBBIX PHIO
Mocje BBIKJIEBA JIMYMHKU M3 O0OJOYKU CBUICTEIIb-
CTBYIOT JaHHBIE O MOBLIIIeHNY coaepkaHust ®C, mu-
HOPHOTO (hocONIMIIIA, YIaCTBYIOIIETO B PErY/IsSLIN
depMeHTa OCMOPETYIISIINN, KOTOPBIA aKTUBUPYETCS
IpU nepexone 0codeil N3 MPeCHOU Cpebl B MOPCKYIO.
Kpome toro, uzBectHo, uro ®C npuHUMaeT aKTUB-
HOE yJacTHe B Ipolieccax HeilporeHesa, 4To 0COOEH-
HO BaxXHO 151 pa3BUBaroleiicss moiaonu. OOHapyKeH-
HBIE Pa3INJIUsI MEXAY aTIaHTUISCKUM JIOCOCEM Y KyM-
Xeii (bonee Beicokoe conepxkanue OJI, 3amacHbix TAT
1 DXC, a TakKe MeTaboJIMUecKe U3BMEHEHUSI HEKOTO-
PBIX CTPYKTYPHBIX JIUMUIOB M, 0COOEHHO, docdomm-
MMMIO0B) HA OTAEIbHBIX 3TaIlaX SMOPMOHAIBHOIO Y paH-
HETO ITOCTAMOPHOHAIBHOTO Pa3BUTHS, OTPAXKAIOT OCO-
OSHHOCTU KW3HEHHOW CTpaTeruu MCCAeI0BaHHbBIX
BUIOB pbIO. /IS MKpBI aTJITaHTUYECKOTO JIOCOCST Xa-
pakTepHO HAKOIUICHUE SHEPTeTUYECKM LIEHHBIX JIN-
MUIHBIX KOMITOHEHTOB (B yacTHOCTU TAI 1 DXC) Ha
aTane aKTUBHOI'O KJIETOYHOIO AeJICHMsI, TOraa Kak B
UKpe KyMXH OTMEYEHO BapbUpOBaHUE COAEPKAHMS
JaHHBIX JIUITMIHBIX KOMIIOHEHTOB Ha IPOTSKCHUU
SMOPMOHAILHOTO pa3BUTHs. B mepunon BEIKIIeBa 11~
YUHOK M3 000JIOYEK OTMEUYEHO 00IIIee CHIDKEHIE CO-
JiepKaHUsI TaHHBIX KOMIIOHEHTOB.

TakuMm oOpa3om, pe3yabTaThbl M3ydeHUS JIMITUI -
HOTO Mpoduis B UKpe B 9MOpUOreHe3e U 'y paHHEeH
JIMYWHKU aTJIAaHTUYECKOTO JTOCOCS U KYMXXU CBUJIE-
TEIBCTBYIOT KaK 00 OOIIMX MEXaHU3MaxX, TakK U O
cneuu@uIecKrx pasindusix, onpeneiasonmx o1uo-
XMUMHUYECKYI0 Pa3HOKAuYeCTBEHHOCTb OPraHU3MOB,
OTpaxkalolllylo, B CBOIO ouepelb (PEHOTUITNUYECKYIO
pPa3HOKayeCTBEHHOCTh, KOTOpasi B MOCJeayolleM
oIpenesisieT BHYTPUIIONY/ISILMOHHOE pa3HooOpa3ue
BUla, cneuuduKky XKU3HEHHON CTpaTeruu, CpoKU
pPa3BUTHUSI U TOTOBHOCTU MOJIOAY K CMOJITU(MDUKAITUY.

OUNHAHCHUPOBAHUE PABOTHI

WUccnengoBaHusi SMOpUMOHAJIBHOIO YU PaHHETO TTOCTIM-
OPUOHAJIBHOTO Pa3BUTUSI aTJAHTUYECKOTO JIOCOCS MPOBe-
JeHbI TTpU (PUHAHCHPOBAaHUY B paMKax IpoekTa Poccuii-
ckoro HayyHoro ¢onma Ne 19-14-00081 “Bnusnue ¢pusu-
yeckKuX (akTopoB Ha 3(P(HEKTUBHOCTh MCKYCCTBEHHOTO
(3aBOACKOr0) BOCHPOM3BOJACTBA MOJIOAN aTJIAHTUUECKOTO
nococs Salmo salar: du3nooro-onoxuMmudecKast 1 Moje-
KYJISIpHO-TeHeTHYeCcKast XapaKTepUCTHUKA” .

COBJIIOJEHUE OTUYECKNX CTAHIAPTOB

Bce npuMeHuMble MeXIyHapOAHbIE, HALMOHAJIbHBIE
U/VIM UHCTUTYLMOHAIbHbIE TTPUHIUIBI UCIIOJIb30BaHUS
JKMBOTHBIX B DKCIEPUMMEHTAX U YCJIOBHUS yXOla 3a HUMU
OBUIN COOJTIOJIEHBI.
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Comparative Species-Specific Characteristics of Lipids and Their Dynamics During
Embryogenesis and Early Postembrional Development of Atlantic Salmon
(Salmo salar L.) and Brown Trout (Salmo trutta L.)

V. P. Voronin® *, S. A. Murzina® **, Z. A. Nefedova!, S. N. Pekkoeval,
T. R. Ruokolainen', M. A. Ruch’ev!, and N. N. Nemova'
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A comparative species-species study of the content of total lipids and their individual classes (total phospho-
lipids and their fractions, triacylglycerols, diacylglycerols, cholesterol esters, cholesterol, non-esterified fatty
acids) in unfertilized eggs, during embryogenesis (fertilized eggs, blastula, gastrula, organogenesis, eye pig-
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mentation, pre-hatching larvae) and early postembryonic development (alevin) of Atlantic salmon (Salmo
salar L.) and Brown trout (Salmo trutta L.). The relatively high content of total lipids (due to the fraction of
storage triacylglycerols) in unfertilized eggs, especially in Atlantic salmon, is a necessary prerequisite for their
further embryonic and postembryonic development. The dynamics of the lipid composition in the studied
species during embryogenesis also differed, which may indicate the feature of lipid metabolism in these spe-
cies. At the stages of active cell division (blastula, gastrula, organogenesis) during embryogenesis of Atlantic
salmon and Brown trout, the content of lysophosphatidylcholine increased. At the later stages of embryogen-
esis (eye pigmentation, pre-hatching larvae) and early postembryonic development (alevin), the amount of
phosphatidylserine increased. The biochemical heterogeneity due to the quantitative content of individual
lipid classes at the studied stages of development, is apparently associated with the feature of embryogenesis
of the studied species, in particular, the differences in time-scale of these processes.

Keywords: salmonids, Atlantic salmon, Brown trout, embryogenesis, early postembryonic development,
lipids, fatty acids
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B sinuHuKe MIEKOMUTAIOLIMX CEPOTOHUH NMEET BCE KOMITOHEHTbI, HEOOXOIUMBbIE /1J151 OCYLLECTBIEHUS €T0
CUTHAJIbHOM (PYHKLIMU, U BIUSIET Ha DYHKLIIMOHAIBLHYIO aKTUBHOCTD KJIETOK rpaHye3bl. B To ke Bpems Ha-
KOIUJIEHHE CEpPOTOHMHA C ITOMOIIIbIo cnenuduaeckoro rpaHcnoprepa SERT nponcxonut npeuMyIecTBeH-
HO B OOLIMTAaxX PacTyIIMX OBapuaJbHbBIX (DOJUIMKYJIOB, M IMPAKTUUYECKU OTCYTCTBYET B KJIETKAaX rpaHyJIe3bl.
Ha sxcriepuMeHTaIbHOM MOAEIN KyJIbTYPhl OBapUATbHBIX (DOJTUKYJIOB MPOBEAEH KOJIMYECTBEHHBIN aHa-
3 s3kcnpeccun MPHK mapkepoB nponmdepainy, armonto3a 1 GyHKIMOHAIBLHOTO COCTOSTHUST (DOJUIMKY -
JISIPHBIX KJIETOK, a TAKXKEe OOLMTApHBIX (pakKTopoB pocta. CepoToHUH (1 MKM) He TIpOSIBISET BBIPAXKEHHBIX
MUTOTEHHBIX, ITIPO- U aHTUATIONITOTUYECKUX CBOMCTB 1 HE BIMSIET Ha 3KCIIPECCUI0 MAapKEPOB CTEPOUIOTe-
He3a. [Ipy 3TOM CEpOTOHMH CTUMYJIMpPYET B KJIETKaX IrpaHyJie3bl SKCIPECCHUI0O TeHOB HUKIMHOB Ccndl,
Cend?2, Ccenel, a taxke Has2, Ptgs2, Pigfr, Igfbp u Ihh. KpoMe Toro, nob6aBjieHHEe CEPOTOHUHA ITPUBOIUT K
yBemueHuIo skcnpeccuu Gdf9 B oouurax. Habmogaercs 6osee BeIpaskeHHBIN MO CPAaBHEHUIO C IIEPBUY-
HOI KYJIbTYpOil KJIETOK rpaHyje3bl 3(h@dEeKT CepOTOHWHA, KOTOPBI BO BCEX CydasiX, 3a MCKIIOUCHUEM
LUKJIMHOB, OTMeHsieTcs iryokceTHOM (10 MKM). [ToaydeHHBIe pe3yabTaThl CBUAETEILCTBYET O TOM, YTO
¢byHKIIMOHANIbHAsI aKTUBHOCTD KJIETOK TpaHyJie3bl PeTyJIMPYeTCs] CEpPOTOHMHOM 4Yepe3 ero BO3IeiCcTBUEe Ha
OOIIUT U OoIocpenoBaHo akTuBHOCTBIO SERT.

Karouesbie cnoea: Mblllb, SIMYHUK, OBapUaJIbHBINA (DOJUIMKYJ, rpaHyaesa, oouut, ceporoHuH, CHMO3C,

dryokcetur, SERT, skcnpeccusi reHOB
DOI: 10.31857/S0475145021020063

BBEAEHWE

XOpo11I0 U3BECTHO, YTO CEPOTOHUH IPOSIBIISIET (DU-
31OJIOTMYECKYIO aKTUBHOCTh Ha CAMbIX PAHHUX CTAlIM-
sIX MHIMBHUIOyanbHOro pas3Butusi (Buznikov, 2007) wu
MPOAOJDKACT MIPaTh BAaXKHYIO POJIb ILICHOTPOITHOTO
rOpMOHA BHE HEPBHOM CUCTEMBI Y B3POCIIBIX )KUBOTHBIX
(Amireault et al., 2013). bospiiast 4acTb cCepOTOHMHA Y
MMO3BOHOYHBIX CUHTE3UPYETCST SHTEpOXpoMadOUHHBI-
MU KJIETKAMU 3KETyTOYHO-KHIIIEYHOTO TPaKTa, TIe OH
WUTPaeT POJIb BAXKHOTO PETY/ISITOPA TNIaTKOMBIIIEYHOM
MOTOPUKM U CEKpeTOpHOi akTuBHOCTU (Mawe,
Hoffman, 2013). 3nech ke OH IToIamacT B KPOBSIHOE
pYCJIO M HaKaIUIMBaeTCsI B TPOMOOIIUTAX, Urpasl BaK-
HYIO pOJib B IIpolleccax Ba30KOHCTPUKIINM U CBEPThI-
BaHus1 kpoBu (Mercado, Kilic, 2010). I'ymopanbsHOe
BO3/EICTBUE LUPKY/IMPYIOLIETO CEPOTOHMHA Ha KJIET-
KM MOXKET OBITh OITOCPEIOBAHO aKTUBAlIMEt MeMOpaH-
HBIX PELETITOPOB, BJICKYIICH 3aITyCK COOTBETCTBYIO-
IIUX CUTHAIBHBIX KacKaaoB, W/WUJIA 3aXBaTOM €ro
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BHYTPb KJIETOK C TOMOIIIbIO MEMOpPaHHOIO TpaHC-
noprepa SERT, mociie 4ero oH MOXeT y4acTBOBAaTh B
MOCTTPaHCSILIMOHHON Moaudukauuu OeJKoB TO-
cpeacTBoM cepoToHuaMpoBaHusi (Paulmann et al.,
2009). NaMeHeHMs1 KOHLIEHTpaLUX LHUPKYJIUPYIOLIe-
0 CEPOTOHWHA aCCOLMHUPOBAHO C PSIIOM TTaTOJIOTH-
YECKHMX COCTOSIHUM, KaK LIEHTPAJIbHOM HEPBHOMU CU-
CTeMBI, TaK U Tiepudepuyecknx opraHoB (Mercado,
Kilic, 2010).

OpnHOM U3 MULIEHEN TTepudepuIecKoro cepoTo-
HUHA SIBIISIETCS SWUYHUK, TOe OH JETEKTUPYETCS B
¢usnoIOorNYecK aKTUBHBIX KOHIIeHTpauusax (Bodis
et al., 1992) 1 uMeeT Bce KOMIIOHEHTEI, HCOOXOM~
MBbI€ IJIST OCYIIECTBIEHUSI €r0 CUTHAJIbHOM (hyHKIIUU
(Dubé, Amireault, 2007). HecMoTpss Ha HaaIuyue
BKCIpeccud (PepMEHTOB CHHTE3a CEpOTOHUHA, OC-
HOBHBIM MEXaHU3MOM, 00eCIIeUMBAIOIINM HaKOTLIe-
HUE CEpOTOHUHA B SIMYHUKE, SIBJISICTCSI €r0 3axBarT C
nomolpio crienmpriyeckoro tpancnoprepa SERT,
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KOTOPBII MPOUCXOIUT MPEUMYIIECTBEHHO B OOLIMTAX
PACTYIMX OBapUANTbHBIX (DOJUIMKYIIOB, U MPAKTUIECKU
OTCYTCTBYeT B KJjeTkax TIpanyie3bl (Nikishin et al.,
2019). HauboJsiee BbIpakeHHbIM (bU3MOJOTUUECKUM
a(pdexToM cepoToHMHA HAa DYHKIIMIO SUIHUKA, TIPO-
SIBJISTFOLLIMMCSI Y Pa3HBIX BUIOB MJIEKOTTUTAIOIINX, SIB-
JISIeTCSI aKTUBALUSI CEKPELIMY CTEPOUTHBIX TOPMOHOB
KJIETKaMU TpaHyJie3bl, KOTOpasi OmocpeayeTcs pe-
HentopHeiIMU MexaHusmamu (Koppan et al., 2004).
Hamu paHee rmoka3aHo BIUSTHUE CEPOTOHUHA Ha BKC-
Mpeccuio MapKepoB (PYHKLIMOHAJIBHOIO COCTOSIHUS
KJIETOK TpaHyje3bl, KOTOPOE, BBUAY OTCYTCTBUS aK-
tuBHOCTH SERT, cKOopee Bcero, omocpemoBaHO aKTH -
Banueil peuentopoB (Hukumwun u op., 2018a). Oxn-
HAKO, CHUCTEMHOE IOJaBJIeHWEe MeXaHW3Ma 3axBaTa
CepOTOHMHA MyTeM HOKayTa reHa Sert ViJIn IpUMeEHe-
HUSI CEJICKTUBHBLIX MTHTUOUTOPOB OOPaTHOIO 3aXBaTa
ceporoHrHa (CMO3C), HeraTUBHO BIUsIET HAa (PyHK-
LIMOHAJIBHYIO0 aKTUBHOCTh KJIETOK T'paHYJIe3bl, B TOM
YyucJie YTHeTaeT ceKpelunio actpaauoia (Zha et al.,
2017). Ilo Bceii BepOsITHOCTH, HAKOIIJICHUE CEPOTO-
HUHA B OOLUTAaX PacTyIIUX (DOJUIMKYJIOB OIOCPEI0-
BaHHO BJIUSIET Ha (DYHKLMOHAJBHYI0 aKTUBHOCTH
KJIETOK TpaHyJe3Hbl.

JlaHHas paboTa IMocBsIIeHAa NCCIICIOBAHUIO BN -
HUS CEPOTOHMHA Ha (PyHKIIMOHAIIbHBIN cTaTyc OoJI-
JIUKYJIIPHBIX KJIETOK B KYJIBType W30JIMPOBAHHBIX
OBapUaIbHBIX (POJIMKYJIOB U BBISIBIICHUIO POJIU MeXa-
HU3Ma OOpaTHOTO 3axBaTa CEPOTOHUHA B 3TOM IMPO-
mecce.

MATEPUAJIBI U METO/bI

IlepBryHBIE MHOTOCJIOMHBIC OBapHalbHBIC (DOJT-
JIMKYJIbl B CTEPUJIBHBIX YCJIOBUSIX BBIICJISIU U3 IUY-
HUKOB MbIeit auanu C57BL/6 (ITutoMHUK 1a6o-
paTOpHBIX XMBOTHBIX “CTONOO0OBasi”) B BO3pacTe
14 gHeit. SINYHUKY BBIOCISUIM, pa3neisuid Ha 8 4a-
creii, mepeHocusn B cpeny Jleitoosuira L15 (Biosera,
®panuus) ¢ nodasieHueMm 50 mxr/ma Liberase DH
(Roche, IBeitapusi) u unkyouposaiu mpu 37°C B
tedeHue 30 MuH. B mpoiiecce MHKyOamu TKaHb TN -
HUKa BpeMsl OT BpeMeHU pa3pbIBajid IBYMSI UHCYJIM -
HOBbIMU uriaMu. M301rMpoBaHHbIE QOTUMKYIIBI OT-
MBIBJIM OT (DEPMEHTOB U OLIEHUBAIU TOJ KOHTPO-
JIEM CTEPEOMUKPOCKOTIA MO CIAEAYIOLUIUM KPUTEPUSIM:
1) mmameTtp 100—130 MKM; 2) TOBEpPXHOCTD IJIagKas 1
He MOoBpexXaeHa; 3) ONMH-IBa CJ0s KJIETOK rpaHyJjie-
3bl (BO3MOXHO HaJIMYME HECKOJIbKMX pacTljlaCTaHHbIX
KJIETOK TeKM); 4) HaJnuyre LeHTPAIbHO PacroioXKeH-
HOTO OKpymIoro ooumTa (cM. puc. 3r). OBapuajibHbIC
(OJTUKYIIBI, OTBEYAIOIIINE STUM KPUTEPUSIM, PaHIIOM-
HO TIEPEHOCUJIN B JIYHKH 6-JIYyHOUHOTO KYJIBTYpPaJTbHO-
ro miaHueTra (Corning, CIIA), comepxaiiue 3 M
KyJbTypaiabHoii cpensl DMEM/F-12 (ITansko, Poc-
cus), ¢ mobasiaeHUEeM 5% >MOpPHOHANTBLHOI TelIsTubeit
ceiBopoTKHU (Biosera, @panuus), 3 MM alaHWII-TIy-
tamuHa (ITansko, Poccus), 0.1 ME/mMa @CT (Merck
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Serono S.A., llIBeitmapwus), 0.1 MKM aHIpoCTeHANO-
Ha (Sigma-Aldrich, CIIIA), 100 EA/MI TeHUIIWILIN-
Ha (ITansko, Poccust) 1 0.1 Mr/mMi1 cTpenTOMUIIMHA
(ITansko, Poccusi) M KyJIbTUBUPOBAIM B TeYeHUE
6 cytok B atMocdepe 5% CO, nipu 37°C u exxeqHeB-
Hoit cMmeHe cpenbl. [lanee (QOJIIMKYJIBI, KOTOpbIC
MPUKPENWINCH U aKTUBHO pociu (CM. puc. 31), OT-
MBIBAJIM OT CHIBOPOTKM U KYJIbTUBUPOBAJIU B Cpele
DMEM/F-12 ¢ no6aBienneMm 3 MM anaHWUJI-TIIyTa-
MWHAa, MHCYJINH-TpaHCcHeppUH-CEICHOBOMN m100aB-
ku (ITansko, Poccus), 0.1 ME/Mn ®CT, 0.1 MxM
a"npocteHauoHa, 100 EA /v nenmmumHa u 0.1 Mr/mn
CTpenTOMUIIMHA. B aKcrepuMeHTaIbHbIX TpyInax K
KJIETKaM rpaHyJie3bl 100aBIsid 1 MKM cepoTOHMHA
(5HT); mnu 1 MM ceporonuHa u 10 MKkM diyoxce-
tmHa (SHT + FLU). CMmeHy KyabTypaJibHO# Cpelbl
npoBoavyiv Kaxabie 12 4. Yepes 48 4 cpeny 3aMeHsIA
Ha DMEM/F-12 ¢ no6asneHuem 1 Mr/mi KoJsuiare-
Haswl | (ITansko, Poccus) u 100 mxr/mn JIHKazbr 1
(Sigma-Aldrich, CIIIA) u uHkyoupoBanu 30 MuH
npu 37°C 1 IeproamyecKoM aKKypaTHOM ITUIETUPO-
BaHUM. OOLUTHI U3 IUCCOLMMPOBAHHBIX (DOLINKY-
JIOB COOMpaIN CTPUTMIIEPOM MOA KOHTPOJIEM CTEPEO-
MUKPOCKOIIa U WCIOJb30BAJIM JJI1 MCCIeIOBaHUS
9KcIpeccuu reHoB Bmp6, Bmp 15, Gdf9 n Igfl. Kner-
KU T'paHyJie3bl IIpolryckanu yepe3 40 Mmkm cuto (SPL
Lifesciences, Kopest) u ocaxaanu ueHTpudyrupona-
HueM B TeyeHue 5 MuH nipu 1000 g, mociie yero uc-
MOJIb30BAJIM JIJISI UCCEeA0OBAHUSI 3KCIIPECCUU TE€HOB
Bad, Bax, Bcl2, Casp3, Ccnal, Ccnbl, Ccndl, Ccnd2,
Cecnel, Cypllal, Cypl7al, Cypl9al, Foxo3, Fshr,
Has2, Igfbp4, Ihh, Lhcgr, Mki67, Trp53, Pcna, Pigfr,
Prgs2u Star.

Toranpuyro PHK 13 mony9eHHBIX TTPOO BBIICIISI-
mm ¢ moMmoinbio peareHta ExtractRNA (EBporew,
Poccust), ncrons3yst 3 MKT TJIMKOTeHa B KQUECTBE CO-
ocagutensa, u obpadareBamu JIHKa3zoit I (Thermo
Fisher Scientific, CIIIA). bu6bnuoreku k/IHK cunTe-
3WpPOBaJIM C MOMOIIbIO Ha0opa peakTnuBoB Maxima H
Minus ¢ TppyMeHEHUEM PAaHIOMHBIX TeKCAOJIUTOHYK~
neotunos (Thermo Scientific, CIIIA). ITLP B peayb-
HOM BpPE€MEHM IMPOBOAMIM Ha amruiidukatope 7500
Real-Time PCR System (Applied Biosystems, CIIIA) c
HCITOJIb30BaHeM KoMMepueckoit cMec gPCRmix-HS
SYBR+HighROX (Esporen, Poccust). OTHOCUTEND-
Hyo 23kcrpeccuio TeHoB (NRQ) paccuurtsiBanu
MeTonoM ddCt ¢ HopMHpPOBKOI Ha TeH Rps18 1 KOH-
TposbHyI0 IpoOy. IlocnenoBaTenbHOCTH cenudU-
YEeCKHX OJMIOHYKIeOTUHAOB M mpoBencHus IILIP
MpuBeIeHBI B Ta0d. S1. DKCEpMMEHT IIPOBEICH B
YyeThbIpeX MOBTOPHOCTsIX. CTaTUCTUYECKYIO 00padboT-
Ky TIOJTy4eHHBIX PE3YIbTaTOB MPOBOJAMIIN B TPOTrpaM-
Mme Graphpad Prism 5 (GraphPad Software, Inc.,
CIIIA) c npuMeHeHueM f-KpuTepus BuiikokcoHa.

151 OLIEeHKU KM3HECTTOCOOHOCTU (DOJUTMKYJIOB B
XOJie TUTEIbHOTO KYJIbTUBUPOBAaHUS, OBLIO TIPOBE-
IEHO OKpalllMBaHWe (DOJUIMKYIOB, TPETEPIEBIINX
BCE DKCITEpUMEHTATbHbIC MAHUITYJISIIINN, peareHTOM
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ReadyProbes™ Cell Viability Imaging Kit, Blue/Red
(Thermo Fisher Scientific, CIIIA) u mocienymoliee
BBISIBJIEHNE XUBBIX 1 MEPTBBIX KJIETOK Ha JIa3epHOM
CKaHMpYollIeM KOH(pOKaIbHOM MUKpocKore Olympus
FVI10i (JTabopaTtopusi KOH(pOKaJIbHOI MMKPOCKOITUU
LKIT MI'Y um. M.B. JlomoHocoBa). /1151 OLIEHKU aK-
TUBHOCTH 3aXBaTa CEPOTOHMHA KOMITOHEHTaMU OBapU-
aJIbHOTO (QOJITUKYJIA B YCIOBUSIX 2D-KyIbTyphI, OBLIN
MPOBEIEeHbl UHKYOAIMU KYJIbTUBUPYEMBIX (DOJLITUKY-
JI0B ¢ 1 MKM cepoTtoHuHa B TeueHue 2 4. DoJinKyIibl
dukcuposBanu B 4%-m napadopmanbaeruae (pH 7.5)
U OKpalllMBaIM KPOJUYbUMM aHTUTEIaMU MPOTUB
ceporoHuHa (S5545 Sigma-Aldrich, CILIA, pa3Bene-
Hue 1 : 1000) 1 Ko3pMMM aHTUTEIAMU IPOTUB Ig Kposm-
Ka, KOHBIOTUPOBAaHHBEIMU ¢ (iyopodopom CE™568
(SAB4600085 Sigma-Aldrich, CILA). Creunduyu-
HOCTb UMMYHOTUCTOXMMMWYECKON peakKlMi OLEeHU-
BaJId MO OTCYTCTBUIO (DJIyOpeCeHIMU MTPY OKpaIlIu-
BaHUM TOJILKO BTOPUYHBIMU aHTUTeamMu. [Tpenapa-
Thl aHAJU3UPOBAIM Ha JIa3epHOM CKaHUPYIOIIEM
KoH(poKajbHOM MuKpockomne Zeiss LSM 880 (I'pyri-
na onrtudeckux MeronoB LIKIT UBP PAH) u peru-
CTPUPOBAIN UMMYHOMIYOPECLIEHIIMIO Ha CpeauH-
HOM OINTUYECKOM Cpe3€ MPU MOCTOSTHHBIX MapaMeTpax
WHTEHCUBHOCTH Jia3epa U UyBCTBUTEJIbHOCTHU JETEKTO-
pa. YpoBeHb UMMYHOMDIYOPEeCLEHIIMY Ha MOJTyYeHHbBIX
U300paXKEHUSIX OIPEAEIISUTU C MTOMOIIBIO MPOTrPaMMBbI
Imagel. ITosrydeHHBIE pe3yabTaThl 0OpadaThIBATIN CTA-
TUCTUYECKHU C TTOMOIIbIO IiporpamMMbl Graphpad Prism 5
(GraphPad Software, Inc., CIIIA).

PE3YJIBTATBI 1 OBCYXIEHHUE

PaGora Oblma BBEIMIOJIHEHA HA M30JMPOBAHHBIX
MpeaHTpaIbHbIX OBapPUAbHBIX (DOJTUKYJIAX, KYJb-
TUBHUPYEMBIX Ha MOBEPXHOCTU IUIacTukKa (2D-Kyib-
Typa) B TeueHUe 6 cyT u 48 u skcnepumeHTa. B xome
KyJIbTUBUPOBaHU S (POJUTMKYJIIbI TPUKPETUISLIUCH K IO
BEPXHOCTH, PACIJIACTHIBAIMCh W POCIU, OCTaBasiCh
MPU 3TOM MOPGOJIOTMUECKH LIETIOCTHBIMU (CM. puC. 1B).
IIpoBeneHHOE B KOHIIE 3KCIIEpUMEHTa BBISIBJICHUE
SKMBBIX U MEPTBBIX KJIETOK (puc. 1) moka3ano, 4To B
X0Jle KyJbTUBUPOBAHUS KaK KJIETKU IpaHyJie3bl, TaK
U OOILIUTHI OCTAIOTCs XUBBIMU (puc. 10, 1a, le). He-
3HAYUTEbHOE KOJIUYECTBO MEPTBBIX (DOJUTUKYJISIPHBIX
KJIETOK BBISIBJISUIOCh Ha TTOBEPXHOCTU HEKOTOPBIX
¢ommukynoB (puc. 1r, le). UMMyHOrICTOXMMIUYECKOE
HcclieJlOBaHWE aKTUBHOCTH 3aXBaTa CEPOTOHMHA B OBa-
PUATBHBIX (DOJUTUKYIaX B YCIOBUSIX 2D-KyNbTyphl 110~
Kaszajio, YTO MpU J00ABJIEHUU CEPOTOHUHA B Cpely
MPOUCXOAUT €r0 HAKOTLJIEHUE B OOLIUTAX, TOT/Ia KaK B
KJIeTKaX TpaHyJie3bl ero KOJIMYEeCTBO He M3MEHsSETCs
(puc. 2). [laHHbIe pe3yabTaThl IIOJJHOCTHIO COTJIacyIoT-
Csl C JaHHBIMMU, TIOJTyYeHHBIMU paHee Ha U30JIMPOBaH-
HBIX OBapUaJIbHbIX (osumukyaax (HukuimuH w ap.,
20180) u dparmeHTax oBapuaibHoi TKaHM (Nikishin
et al., 2019), uro moaTBepKOaeT afeKBaTHOCTb UCIIOJIb-
3yeMOM 3KCIEePUMEHTAIbHOU MOIEN.

DyHKIMOHAJIBHBIN CTAaTyC OBapUAIIBHOTO (hOJITH-
KyJia B IEpUOJI aKTUBHOT'O POCTa BbIpaXkaeTcsl, MpeKe
BCETro, ToKa3areasaMu (yHKIIMOHAILHOTO COCTOSTHUS
KJIETOK T'PaHyJIe3bl — BAXKHEUIIIMMU 13 KOTOPBIX SIBJISI-
IOTCsS TIpojM(pepaTuBHAsI AKTUBHOCTb, OTCYTCTBHE
arornTo3a, CTEPOUAOTeHHas] aKTUBHOCTb U MapKephl
crenienn nnddepennnpoBku (Kranc et al., 2017). s
OLICHKM 3THX IToKa3aTejeii B paboTe MCIIOJIb30BaIA
KoJIMYeCTBeHHbI aHanu3 akcrpeccu MPHK reHoB,
SIBJISIIOIIMXCS MapKepaMu (DyHKIIMOHAJILHOI'O COCTO-
STHUSI KJIETOK TpaHyje3bl (puc. 3a, 36). CHmKeHUe
npoaundepaTuBHON aKTUBHOCTH, B COYETAHUU C aK-
TUBALIUE MEXaHU3MOB KJIETOUYHOU TMOEU, SIBIISET-
CsI MapKepoM aTpeTUIecKuX IpolieccoB (Zhen et al.,
2014). Ilpu moGaBiaeHUM CEPOTOHMHA K KYJbType
W30JMPOBAHHBIX OBapUAIbHBIX (POJIJIMKYJIOB T€HbI-
MapKepbl Tipoindepanun Mki67 n Pcna (a Takxke
mukanHOB Ccnal n Cenbl) He UBMEHWIN YPOBEHB
BKCITPECCUU OTHOCUTEIBLHO KOHTPOJSI. DTO TOBOPUT
00 OTCYTCTBHMU BBIPasKeHHOTO MUTOT€HHOTO 3P deK-
Ta CEpOTOHMHA Ha KJICTKM TpaHyje3bl. B To ke Bpe-
Ms1, KOJIMYECTBEHHbBII aHaJIu3 BBISBUJ JOCTOBEPHOE
yBeJIMYeHE YPOBHS 3Kcrpeccuy mkianHa Cendl B
1.58 pa3 (p = 0.0294), Ccnd2B 1.63 pa3 (p = 0.0409) n
Ccnel B 1.49 pa3 (p = 0.044). Huxknusaser D u E gaBns-
IOTCS KJTIOUEBBIMU PETYISITOPHBIMU O€JIKaMU, KOTO-
pBI€ CIIOCOOCTBYET ITepeXxoIy KIIETOK K ¢aze S uepes
dazy G1 (Bertoli et al., 2015). CeneKTUBHBIN WHIY-
OMTOp 0OpPATHOIO 3aXBaTa CEPOTOHMHA (hJTyOKCETUH He
oTMeHseT 3 PEKT CEPOTOHMHA Ha 3KCIIPECCUIO ITNK-
JIMTHOB, YTO TOBOPUT O TOM, YTO B TaHHOM 3 deKTe He
yyactByeT SERT, u oH, ckopee Bcero, omnocpenoBaH
BO3IEMCTBUEM Ha PELIEIITOPHI CEpOTOHMHA. TakM 00-
pa3oM, 3d@PEKT cepoTOHMHA Ha IIpoardepaTUBHbIC
CBOICTBA KJIETOK TpaHyJie3bl OrpaHUYUBACTCS BIIUSI-
HUEM Ha YPOBEHb 3KCIIPECCUU PETYISITOPOB KJIETOY-
HOTO LIMKJIa, HO HE MPUBOAUT K YBEIUUYCHUIO ITPOJIH-
depalin. YpoBeHb alloITo3a, 0OCOOEHHO B YCJIOBUSIX
KyJIBTYPBI, SIBISIETCS OYEHb BaXXHBIM IIOKa3aTeIeM
(YHKIIMOHAJIBHOTO CTaTyca OBapHaJIbHOIO (hOJUIMKY-
Ja. CepoTOHUH, B 3aBUCUMOCTHU OT THUIIa aKTUBUpYe-
MOTO pelienTopa, CIIoCOOE€H BBICTYIIATh KaK IPO- TaK U
aHTHUAIIONTOTHYEeCKMM areHToM (Azmitia, 2001). B Ha-
IIeM B3KCIEPUMEHTE HE BBISBIEHO CTaTUCTUYECKU
3HAYMMbIX UBMEHEHUI YPOBHS 9KCIIPECCUM KakK Te-
HOB-MapKepoB amomnTo3a Bax, Bad, Bcl2, Casp3,
Trp53, Tak u Foxo3, KOTOpPBIi SIBASIETCS WHULIMATO-
POM amoriTo3a B KJIeTKaxX rpaHyJjie3bl, 4YTO YKa3bIBaeT
Ha OTCYTCTBUE BHIPAXXKEHHOTO IIPO- U AHTUAIIOIITOTH -
yeckoro addexra cepoToOHUHA.

BaxueitmmmMun mmoxkazateassMu (PyHKIIMOHATBHOM
AKTUBHOCTU COMATMYECKUX KOMIIOHEHTOB OBapu-
aJIbHOTO (DOJITUKYJIA SIBJSIETCS 3KCIPECCUs KITIoue-
BBIX CTEPOMIOTeHHBIX (DEPMEHTOB, a Tak>Ke reHa Star,
Kogupytomero 3@M@eKTop CKOPOCThb-IUMUTUPYIO-
meit cramuu creponnorenesa (Bao et al., 1997; Zhen
et al., 2014). HecMoTtps1 Ha 1uTepaTypHbIEe TaHHbBIE O
BIIMSIHUM CEPOTOHMHA Ha CTEPOUIOTEHHYIO aKTUB-
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Puc. 1. BoisiBjieHMe XXUBBIX 1 MEPTBBIX KJIETOK B OBapUaJIbHBIX (DOJUTUKYJIAX IMOcjie 6 CyT MpeaBapuTeIbHOIO KYJIbTUBUPOBAHUS
U 48 4 KyJbTUBUPOBAaHUsI B O€CCHIBOPOTOUHOI cpene. (a, 6) — cpeaMHHBIA KOH(POKATbHBII ONTUYECKUIT Cpe3, MPOXOMSIIIA
yepes siipa OOLUTOB; (B) — Mukpodororpadus B ¢a3oBOM KOHTpACTe; (T—e) — MaKCUMaJIbHasl IPOEKIUSI CTONMKU KOH(OKab-
HBIX MUKpodoTorpacduii. (a, r) — MepTBbIE KJIETKHU, OKpaIlleHHbIe MOAUIOM Iponuaus; (0, B) — siapa KUBBIX KJIETOK, OKpa-
meHHbIe KpacutesieM Hoechst 33342; (e) — coBMelieHHOe M300paXkKeHne MEPTBBIX KJIETOK (KPAaCHBIN) U siiep KMBBIX KJIETOK
(cuHMi1), TyHKTUPOM 0003HAaUYeHbI FPaHULIBI OOLIMTOB. MaciuTadHbIi oTpe3oK 100 MKM.

HOCTb, TIpU aHaiu3e sKcrpeccun reHoB Cypllal,
Cypl7al, Cypl9al w Star NOCTOBEPHBIX PaA3JINUMIA
MEXIy IpynmnaMu He BbIsiBJIeHO. 1o Bceit Buaumo-
CTH, ONMMCaHHBIE B JIUTepaType 3(h@PEKTHI CBI3aHBI C
peryisiiiueii aKTUBHOCTHM KOMITOHEHTOB CHMCTEMbI
CUHTE3a CTEPOUIHBIX TOPMOHOB Ha MOCTTPAHCKPUII-
LIMOHHBIX cTanusiX. KojimuecTBeHHbIMIU MapKepaMu
creneHn g dEepeHIIMPOBKM KJIETOK TPaHyJIe3bl SIB-
JISIFOTCSI TeHBI perienTopa (GoJUTMKYIOCTUMYJIMPYIOIIS-
ro ropMoHa Fshr M pelieriTopa JTIOTEMHU3UPYIOIIETO
ropmoHa Lhcgr (Bao et al., 1997), a Takke ruaaypoHaH-
cuHTa3bl Has2, CBSA3BIBAIONICTO MHCYJIMHOIIOAOOHBIM
dakrop pocra Oeyika Igfbp4, peuenTopa IpocrariaH-
nuHa F2-anbda Prgfr, uukinookcureHasnl Pigs2 n -
ranga Hedgehog-curnanpHoro nytu /hh (Zhen et al.,
2014). ITpu aHanu3e 3Kcrpeccuu reHoB Fshr u Lhcgr
JIOCTOBEPHBIX PA3IMUMI MEXIY IpynrnaMu He BbISIB-
JeHo. B To Xe BpeMs, YpOBE€Hb IKCIIPECCUM TeHa
Prgs2 npn no6aBIeHUY CEPOTOHMHA YBEJINUMBACTCS B
4.59 pa3 (p = 0.0425), Has2 — B 2.26 pa3 (p = 0.0492),
Igfbp4 — B 1.56 pa3 (p = 0.0373), Thh — 1.5 pa3 (p =
=0.0045), Ptgfr — B 1.4 pa3 (p = 0.0172). IIpu atom
nobasiieHne (IIYOKCETMHA CHUWXKAeT YPOBEHBb BKC-
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MPeCCU TeHOB 0 YPOBHSI, CTATUCTUYECKU HE OTJIU-
YaoIIETocs] OT KOHTPOJISI, YTO TOBOPUT O HAJTUYHMU
BKJIaJla 3axBaTa CEPOTOHMHA B peaiM3aliii0 3TOTO
apdekTa. DKcnpeccusi JaHHBIX T€HOB XapaKTepHa
TSI 3peJIbIX KJIETOK KyMYJII0Cca, B KOTOPBIX OHU 00ecC-
MMeYNBAIOT CUHTE3 MEXKIETOYHOTO MaTpuKca, Heo0-
XOIMMOTO [IJIsI 9KCHAaHCUU KyMyJtoca, U (pyHKIIUO-
HUPOBaHUE KITIOUEBBIX MEXaHU3MOB MEXKIIETOUHO
curHanuzanuu (Diaz et al., 2007). Takum obpaszom,
CEpOTOHWH MPOSIBIISICT IMPU3HAKK (paKkTopa, CIIocoo-
CTBYIOIIIETO CO3PEBAHUIO KJIETOK TPaHYJIe3bl M WX
nuddepeHIIMpoBKe B HAMpaBJIeHUU KyMyJIoca.

OnmHoilt u3 1eieit JaHHOUM paboThI OBLIIO COMTOCTAB-
JIEHUE TTOJIyYeHHBIX Pe3yIbTaTOB ¢ 3(hPeKTaMU CEPO-
TOHMHA, HAOJII0JaeMbIMU B DKCIIEpUMEHTAX Ha Iep-
BUYHOI KYJIBTYpe KJIETOK I'paHyJie3bl, B OTCYTCTBUE
BO3MOXHOTO BJIUSIHUSI OOUMTOB (cM. puc. 4). Ilpu
MIPSIMOM BO3IEICTBUM CEPOTOHMHA Ha KJIETKU FpaHy-
JIe3bI HAOIIOHAJICS CXOOHBIN 3(pPEKT Ha IKCITPECCHIO
TEHOB-IIOKa3areyieii nx (pyHKIIMOHAIbHON aKTUBHO-
CTH, OMHAKO CTAaTUCTUYECKM 3HAYMMBIN 3P deKT Ha-
6ronancs ToabKo mjist reHoB Cend 1, Has2 v Thh (Hu-
KuIIMH 1 1ap., 2018a). B kynbType m3oaupoBaHHBIX
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Puc. 2. UMMYHOTMCTOXMMMYECKOE BBISIBJICHE aKTUBHOCTH 3aXBaTa CEPOTOHMHA B KYJIbTYPe OBapHaJIbHBIX (hOJUTMKYJIOB. (a,
0, T, 1) — COBMeIllcHHbIe KOH(OKAaJIbHbIE CPEIMHHBIE ONITUYECKUE CPe3bl OBapUAJIbHBIX (DOJUTMKYIIOB, KyJbTUBUPYEMBIX B TE-
yeHue 6 cyt (a, 6), U JOMOJIHUTEIBHO KYJIbTUBUPYEMBIX B 0€CCBIBOPOTOUYHOM cpejie B TeueHue 48 4 (T, 1), OKpalleHHbIX aHTH -
TeJlaMU TIPOTUB CepOTOHWHA (KpacHbIil) 1 kpacutenem Hoechst 33342 (Genbrit). (a, T) — KOHTpOIb; (0, ) — MHKyOAIus ¢
1 MKM cepoToHMHa B TedeHue 2 4. MacimTabHblii oTpe3ok 100 MKM. (B, €) — u3MepeHre YpoBHS UMMYHOMIIyOpeCIeHIINT
CEpPOTOHMHA B KJIETKAaX IPaHy/Ie3bl U OOLIMTAX OBAPUAIBHBIX (DOJUTUKYJIOB, KYyJIbTUBUPYEMBIX B TeUeHUE 6 CYT (B), U TOMOJIHM~
TEJIbHO KYJIbTUBUPYEMBIX B 0€CChIBOPOTOUHOI cpene B TeueHue 48 4 (E). M + SD, * — p < 0.0001 1o #-xputeputo CTbioneHTa.

OBapHaJIbHBIX (POJIINKYJIOB HaOJromaeTCs 00yiee BhI-
paxkeHHBI 3 dEKT cepoTOHMHA, YTO, 110 BCeil BEepo-
SITHOCTU, OOBSICHSICTCS OOoJblleil BOCIIPUMMUYMBO-
CTBIO KJIETOK I'paHyJIe3bl K BO3IECTBUIO CEPOTOHMHA
B 9TUX YCJIOBUSIX, 00JIee IPUOIMKEHHBIX K HATUBHO-
MY COCTOSIHUIO. I3BECTHO, YTO OOLIMTHI TECHEHAIIIUM
00pa3oM CBsI3aHBI ¢ (QOJUIMKY/ISIPHBIMU KJIIETKAMU U
B3aMOPETYJIMPYIOT UX (PYyHKIIMOHAIBHOE COCTOSTHUE
(Kidder, Vanderhyden, 2010). JloruuHo mpeamoia-
ratb, 9YTO yCWICHNE BIMSHUS CEPOTOHMHA Ha (PyHK-
LIMOHAJIbHYIO aKTUBHOCTD KJIETOK T'paHyJIe3bl CBSI3a-
HO C JOOMNOJHUTEIbHBIM BO3IEHCTBMEM OOLIMTOB. B
MOJIB3Y 3TOrO IIPEAIIOJIOKEHMSI TOBOPUT OTMEHA Ha-
omonaemMbix 3PdEKTOB MPU MHTMOMPOBAHUM OOpaT-
HOTO 3axBaTa CEpOTOHMHA, KOTOPbIii aKTUBEH B OOLIM-
Tax, HO He B KJI€TKax IpaHyje3bl. YUMUTbIBasi, 4TO,
IMMOMMMO MEMOPaAHHOTO TpaHCIIOpTepa CEPOTOHUHA, B
OOLIMTAX SKCIPECCUPYETCS BE3UKYJISIPHBIIA TPaHCIIOP-
Tep MoHoaMuHOB (HukuiuH u ap., 2018B), ecTb Be-
POSITHOCTB, YTO OOLIMT 3KCKPETUPYET HAKOIUICHHBII
CEpPOTOHMH M CO3IaeT BOKPYI ceOsl JIOKAJIbHYIO 00-
JIACThb €ro MOBBIIIEHHOI KOHIEHTpaluu, yCUINBas
TaKUM 0Opa3oM €ro BO3ACHCTBUE Ha KJIETKU IpaHy-

Je3bl. C apyroii CTOpOHbI, CEPOTOHUH BO MHOTHX TH-
max KJIeTOK MUIPaeT PoJib PEryjsTopa CEKpPEeTOPHOM
aktuBHocTu (Paulmann et al., 2009). CepoToHUH,
HAKOIUIEHHBI B OOLIUTE, BEPOSITHO, MOXKET BJIUSIThH
Ha CEKpeLuio OeJIKOBBIX (DAKTOPOB POCTa, UIParo-
IIMX BaXHYIO POJIb B MOAAEPKAHUU ITOJTHOLEHHOM
KU3HEACATSIbHOCTH (DOJITUKYJISIPHBIX KiteTok (Kid-
der, Vanderhyden, 2010).

11 TpoBepKU 3TOTO MPENoNoXKeHUsI, UCCle0Ba-
HBI 3(PdeKThl cepoTOHMHA M (PIIyOKCeTMHA Ha 3KC-
MPECCHIO B OOLIMTAaX KITIOUEBBIX (DAKTOPOB pOCTA, pery-
JIMpYyomuX GYHKIIMOHAIbHBIN cTaTyC (hOJTUKYISP-
HBIX KJIETOK (puc. 3B). B KynbType M3011MpOBaHHBIX
GONNUKYIOB MpPU BO3AEUCTBUU CEPOTOHUHA YpPO-
BeHb 3Kcrpeccuun Bmpl5, Bmp6, Igfl B ooliuTax He
u3MeHsieTcsi, npu 3ToM Gdf9 — yBelauuuBaeTcs B
1.52 pa3 (p = 0.0116), mpru4yeM B IPUCYTCTBUU (DITyOK-
CeTUHA JaHHbIN 3(P(EeKT CHMUKAETCSI, YTO TOBOPUT O
BOBJICYEHHOCTH MEXaHM3MOB TPAHCIIOPTA CEPOTOHM -
Ha B 2TOT 3(ddexT. M3BecTHO, uTo GDF9 gBnsercs
OJHUM W3 KJIOYEBBIX (DAKTOPOB, PETYJIUPYIOLINX
npoliecc poJUITMKYJIOTeHe3a Ha CTagui QOTUKYIISIP-
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Puc. 3. Dddekr ceporoHnHa 1 hIyoKceTHa Ha (DYHKIIMOHAJIBHBINM CTaTyC OBapuaJbHBIX (DOJUIMKYJIOB B KYJIBTYpE in Vitro.
(a—B) — U3MEHEHHE YPOBHSI 3KCIPECCUM B KJIETKaX IpaHyJjie3bl MapKepoB UX (hyHKIIMOHAIbHOM aKTUBHOCTH (2, 0) U YPOBHSI
9KCITPECCUM B 0OLIMTaX (paKTOPOB pocTa (B) B KyJIBTYPE U30JIMPOBAHHBIX OBAPUATBHBIX (POJUTMKYIIOB TIpu 1o0aBieHnu 1 MKkM
ceporonnHa (SHT) u 1 MkM ceporonuHa ¢ 10 MkM dayokcetuna (SHT + FLU). NRQ — HopMupoBaHHas Ha KOHTPOJIbHYIO
npo0Oy OTHOCUTEIbHASI 9KCIIPECCHsI FeHa, B KauecTBe pehepeHCHOTo reHa UCIoib3oBaiu Rps 18. KpacHoil tnHuei 0603HaYeHa
9KCIIpeccus TeHOB B KOHTPOJIbHOI mpobe, mpuHsTasd 3a 1. * — p < 0.05 no -kpurteputo BukokcoHa. (r—m) — IepBUYHBII MHO-
TOCJIOMHBIN OBapUaIbHbBIN (hOJITMKYJI cpasy Mocjie U3osLuu (T) 1 yepe3 6 AHel KyJIbTyphl in vitro (1). MaciuTabHbIi OTPe30K

100 MKM.

HOTO pocTa M oByJsiuuu. Tak, Haripumep, o aei-
crBueM GDF9 B kieTkax KyMyitoca BO3pacTaeT 9KC-
npeccus reHoB Has2 n Prgs2 (Gui, Joyce, 2005). ITo
BCEl BUAMMOCTU, 3axXBaT CEPOTOHMHA OOLUTAMU B
pACTyIINX OBApUAJIBHBIX (DOJITUKYJIAX, OCHCTBUTEIb-
HO, CITOCOOCTBYET CUHTE3Y U CEKpelint (paKTOpOB, KO-
TOpBIE BIVSIOT HA (PYHKIIMOHATBHYIO aKTUBHOCTH KJIe-
TOK IpaHyJIe3bI.

MexaHn3M BIMSHUS 3aXBaTa CEPOTOHMHA OOLIV-
TOM Ha 3KCIIPECCUIO TEHOB U CeKpelunio (aKToOpOB
pocTa MoKa OCTaeTcst HesICHBIM. BO3MOXKHOCTh BHYT-
PUKJIETOYHOI CHUTHAIbHOM aKTUBHOCTH CEPOTOHMHA
SIBJISIETCSI TIPEIMETOM MHOTOJIETHUX JUCKYCCUM —
MMEHHO Ha OOLIMTaX U paHHUX SMOPHUOHAX ObUIU MO-
JIydeHbI (papMaKoJIOTMYECKHE CBUIAETENLCTBA BHYTPH -
KJIETOYHOU aKTUBHOCTU CEPOTOHUHOBBIX PELIETITOPOB,
KoTopas octaercst HeuccienosanHou (Imyknep, Hu-
kuimH, 2018). C npyroit CTOpoHbl, BHYTPU KJIETKU Ce-
POTOHMH CIIOCOOEH MPUHUMATH YJ4acTHE B PEryISILUT
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aKTUBHOCTU OCIKOB MyTEM HX CEPOTOHUJIUPOBAHMUS
(Bader, 2019). DT0oT MexaHU3M 3a€ICTBOBAH B PETyJIsi-
U1 CEKPETOPHOM aKTUBHOCTU B TpoMOoumTax (Wal-
ther et al., 2003) u B-kiIeTKax MOKETYIOUHOM Kee3bl
(Paulmann et al., 2009), MOKeT BAUSITh Ha 9KCIIPECCUIO
reHoB nyteM Momupukaimu ructoHoB (Farrelly et al.,
2019) u, BIOJIHE BEpOSTHO, TAKXKE aKTUBEH B OOLIMTAX.

Takum obpa3oM, B dKCIIepUMEHTaX Ha KYJIbType
W30JIUPOBAaHHBIX OBapHAITBHBIX (DOJUTMKYJIOB BBISB-
JleHbl 3¢ ¢eKTH CepOTOHMHA Ha 3KCIPECCHI0 He-
CKOJIBKMX TeHOB-TIOKa3aTeleil (QyHKIIMOHATbHOM
aKTUBHOCTU KJIeToK TpaHyie3bl (Ccndl, Ccnd2,
Ccnel, Has2, Ptgs2, Pigfr, Igfbp v Thh), a TakKe Bax-
Heiilrero ooutapHoro akropa pocta Gdf9. bonbias
yacTh HabmogaeMbIX 3(HeKToB OTMEHSIETCST (DIIyoKCe-
TUHOM, CJISAOBATEILHO, OMOCPEA0BaHA aKTUBHOCTBIO
criennduyeckoro TpaHcmoprepa ceporonnHa SERT.
INomydeHHBI pe3ysnbTaT SIBISIETCS OYeHb BaXKHBIM
CBUIETEILCTBOM TOTO, YTO OBAPHMAIBGHBIN CEPOTOHMH



126 HUKWIIWH u np.

Puc. 4. CxeMa npsiMOro 1 OITOCPEI0BAHHOTO OOLIMTOM BiIMstHUSI cepotoHrHa (SHT) Ha ¢hyHKIIMOHAIBbHYIO0 AKTMBHOCTD KJIETOK
rpaHysesbl. B KylbType KeToK rpaHyJsie3bl (1) cepOTOHMH CTUMYIUPYET 3KcIpeccuio uukianHa D1 Cend 1, ruanypoHaHCUHTA-
3b1 Has2 v curHanbHOM Mosekyibl [hh (mo: HukuimH u np., 2018). B kynbType pactynimx oBapruaibHbIX (hOUTMKYIOB (2—5)
HPOUCXOIUT (2) HAKOTUICHUE CEPOTOHMHA B OOLIMTAX 3a CYeT aKTUBHOCTU MeMOpaHHoro TpaHcrioptepa SERT, koTopast uHrm-
oupyetcs yokcetunoM (FLU). (3) CepoTOHUH CTUMYIUPYET B KJIETKAX rpaHyJie3bl akcnpeccuto HukJInHoB Cend 1, Cend2 w
Ccnel, OTBETCTBEHHBIX 3a MEPeXod K CUHTETUYECKOU (a3ze KIEeTOYHOro Hukia. DPheKT He oTMeHsIeTCs (DIyOKCETHUHOM.
(4) CepOTOHUH CTUMYJIMPYET IKCIIPECCHUIO B KJIETKAaX rpaHyJjie3bl MapkepoB 3pesioctu Has2, Pigs2, Pigfr, Thh v I1gfbp4. Dddext
oTMeHsieTcst QiryokceTHHOM. (5) CepOTOHMH CTUMYJIMPYET 9KCIIPECCHIo B ooliuTax aktopa pocta Gdf9. Dddext otmMeHsieTcst
dyokcetuHoM. (6) GDF9 aBnsieTcst perynasitopoM (GyHKIMOHAIBHOTO COCTOSTHUST (houtukynsipHbix Kietok (Gui, Joyce,

2005).

BO3IEUCTBYET HA (I)YHKL[I/IOHaJIbHy}O aKTUBHOCTDb KJIC-
TOK TI'PaHYJIE3bl OIIOCPEOOBAHHO 4YCPE3 BJIIMAHUE Ha
oouuT, 1 Tpe6yeT NajbHelero 6ojiee BHUMAaTEJIbHOTO
nuccjieaoBaHuA.
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Oocyte-Mediated Effect of Serotonin on the Functional Status of Granulosa Cells

D. A. Nikishin® *, Y. V. Khramova2, N. M. Alyoshina!, L. A. Malchenko!, and Y. B. Shmukler!
! Koltzov Institute of Developmental Biology, Russian Academy of Sciences, Moscow, 119334 Russia
2Lomonosov Moscow State University, Moscow, 119234 Russia
*e-mail: d.nikishin @idbras.ru

In the mammalian ovary, serotonin has all the components necessary for the implementation of its signaling
function and affects the functional activity of granulosa cells. At the same time, the accumulation of serotonin
by the specific transporter SERT occurs mainly in oocytes of growing ovarian follicles and is practically ab-
sent in granulosa cells. A quantitative analysis of the expression of mRNA markers of proliferation, apoptosis,
and the functional state of follicular cells, as well as oocyte-derived growth factors, was carried out on an ex-
perimental model of the ovarian follicles culture. Serotonin (1 wM) does not show pronounced mitogenic,
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pro- and anti-apoptotic properties and does not affect the expression of markers of steroidogenesis. At the
same time, serotonin stimulates the expression of genes of cyclins Ccnd 1, Cend2, Cenel, as well as Has2, Ptgs2,
Prgfr, Igfbp, and Ihh in granulosa cells. Also, the addition of serotonin leads to an increase in Gdf9 expression
in oocytes. A more pronounced effect of serotonin in comparison with the primary culture of granulosa cells
is observed, which in all cases, except for cyclins, is canceled by fluoxetine (10 uM). The results obtained in-
dicate that the functional activity of granulosa cells is regulated by serotonin through its effect on the oocyte
and is mediated by the SERT activity.

Keywords: mouse, ovary, ovarian follicle, granulosa, oocyte, serotonin, SSRIs, fluoxetine, SERT, gene ex-
pression
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IMony4yeHbl HOBbIE JaHHBIE O BIUSTHUU JOMOJHUTEIBHOTO OCBELIEHUS Ha JTUMUAHBINA MTPOdUIIb CEroeTOK
0+ aTIaHTUYECKOTO JIOCOCST B TIPOLIECCe pOocTa U Pa3BUTHS MPU UCKYCCTBEHHOM BbIpalllMBaHUYW B 3aBOJI-
CKUX ycinoBusiX. MI3ydeHo BIMsIHUE pa3HbIX CBETOBBIX PEXXMMOB: 3aBOJICKOE OCBellleHue (KOHTPOJIb), 9KC-
TepyUMEHTaIbHBIE peXXKMBI — 16 4 ocBellieHUs 1 8 4 3aTeMHeHus (16:8), moctossHHOE ocBelieHue (24:0). ¥V
CEeroJIETOK, Pa3BUTHE KOTOPHIX ITPOXOAMIIO B YCIOBHUSIX IKCIIEPUMEHTAIBHBIX peXKUMOB oTorepuroaa, 06-
HapyXeHbl cnieliubudyeckre MoaudUKauuy JUTIMIHOTO TTpoduis, IIaBHBIM 00pa3oM — B CONEpKaHUU
CTPYKTYPHBIX TUIUIOB ((POCGhOJUNNIOB), a TAKXKE MHASKCOB COOTHOIIIEHU I CTPYKTYPHBIX 1 3aITaCHBIX JIM-
muaoB: xXosiectepuH/dochomumnunst (XJ1/DJT) u tpuaniriuiieprHbl/dochonununst (TAT /D). Bt u3-
MEHEHUs B OOJIbIIEl CTeNeHU TTPOSIBUIIVMCH Y MOJIONIM JIOCOCSI, BRIPAIIIMBAEMO MPU KPYTJIOCYTOUHOM OCBE-

meHun (24:0).

Karoueenie crosa: JIMIINUIbI, (I)OTOHepI/IOH, aTJIaHTUYECKUI JIOCOCh, UCKYCCTBCHHOC BbIpallIlUBaAaHUEC

DOI: 10.31857/S0475145021020051

BBEAJEHUWE

CBeT, KaK abMOTUYEeCKU1 (haKTOp, BO3NEICTBYET
Ha pa3Hble acIIeKThl KM3HEICITeIbHOCTH PhIO. s
KaXXJI0ro BUIA PbIO XapaKTepeH OINpeneJeHHbIN OIl-
TUMAaJIBHBIN UaIla30H OCBEIIEHHOCTH, IIPH KOTOPOM
yiaydinaeTcs (U3M0JI0rnIecKoe COCTOSTHUE OpraHMU3-
Ma, TIPOMCXOIUT HaKorieHue Macchl. [ToaTomy nipu
WCKYCCTBEHHOM BBIPAIIMBAHUU MOJIOAY JIOCOCEBBIX
U IPYTUX BUIOB PHIO HEPEIKO HCIIOIb3YIOTCS pery-
JIUpyeMble CBETOBBIE PEXHMBI, KOTOPbIC BIUSIOT Ha
poct u paszButue Mmojionu (Villarreal et al., 1988;
Makinen, Ruohonen, 1992; Boeuf, Le Bail, 1999;
Taylor et al., 2006; Bjornsson et al., 2011). B uccneno-
BaHUSIX Ha MOJIogH phiO ((popesib, OBl TOJICTOJIO-
OMK, Kapm, IIyKa), IMoApaliiBaeMoi Ipu MepeMeH-
HOM CBETOBOM pexXuMe (MCKYCCTBEHHOM U €cCTe-
CTBEHHOM OCBEIIEHMHM), MOKa3aHO OTIMYUE Oosee
BBICOKOI CKOPOCTU POCTa U MAaKCUMaJbHOI BBIKU-
BaeMocTtu (Biacos u ap., 2013). Hanpumep, y kaprio-
BBIX PBIO IIPY KPYTJIOCYTOYHOM OCBEIIEHUN BO3pac-
TaeT 3¢p(eKTUBHOCTh KOHBepTUpOBaHMs muiu (Py-
yuH, 2012), B MBbIIIIIaXx OoceTpa IpU IepeMEHHBIX
pexumax (12-4acoBoii cMeHe OCBEIIeHHOCTH ) IIOBBI-
ImaeTcsl coaep:kKaHue JUITMIOB M OeJIKOB Ha (poHEe

CHUxKeHus ux oBomHeHHOCTH (Pyuun, 2007). IToka-
3aHO, YTO YBEJIMYESHHNE CBETOBOTO pexkuma ¢ 8 10 16 u
CTUMYJIMPYET POCT M PAa3BUTHE MOJIOMU JOCOCEBBIX
pbIO, TIOBBIIACTCS 3(MOEKTUBHOCTE TMOTPEOICHMS
kopMma u ero kouseptaius (Clarke, 1981; bpetr, 1983).
[MpeniiecTBytolye ycjioBUs XXU3HU MOJIOIU JIOCOCS
(ceronetok 0+), cBsI3aHHBIE C U3MEHEHUEM TeMIIepa-
Typbl U TIPOAOJIKUTEIBHOCTBIO CBETOBOIO IEepHOJa,
MOTYT B HaJbHEHIIIeM TTOBIUATh Ha CPOKH CMOJITH-
dukanum nByxiuetok jgococs (1+) (Metcalfe, Thorpe,
1990), yTo BaXKHO MPU UX 3aBOJACKOM BbIpALIIUBAHUH,
ITOCKOJIBKY B 3TOM BO3pacTe IIPOMCXOIUT BHIITYCK
MOJIOAY B IPUPOIHYIO Cpey IJIsl OIIe P KaHUST YMC-
JICHHOCTU MPUPOIHOIN MOMYJISLUMU aTIaHTUYECKOTO
JJococs.

M3BecTHO, YTO JTUMUIBI B 3HAYUTEJIbHOMN CTEIIEHNU
00eCIIeunBarOT agalTallMOHHBIE CITOCOOHOCTH Opra-
HU3Ma B OTBET Ha CIlel(UIeCKre YCIOBUS UCKYC-
CTBEHHOI cpenbl, BKIOUask (poTorepuoma, TeMrepa-
Typy, aspauuio cpenbl u np. (Murzina et al., 2009;
Nemova et al., 2020) 1 TeM caMbIM MOTYT CUMTATHCST
WHIWKATOpaMU POCTa U Pa3BUTHUS XKM3HECIIOCOOHOI
MoJIoau JJococs. B HacTosIeit paboTe oIeHUITN BT~
STHUE Pa3HBIX CBETOBBIX PEXMMOB (3aBOICKOE OCBE-
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Puc. 1. Cxema OKCIICPUMECHTA 110 OLICHKE BJIUAHUWSA pa3IMYHbIX PEXKUMOB (bOTOHCpI/IOI[a Ha JIMIUATHBIA HpO(I)I/IJ'[I) CEroJICTOK aT-
JJAHTUYECCKOIO JIOCOCH, BbIpallIMBa€MbIX B YCIIOBUAX Brirckoro pbl63aB0ﬂ.a.

IIEHUE — KOHTPOJIb, IKCIIEPUMEHTAbHbIE PEKUMBI —
MPOJIOHTHPOBAaHHOE OCBellleHre — 16 94 cBeTa 1 8 4
3aTeMHEHUs, [IOCTOSTHHOE OCBeIlleHne — 24 4) Ha JI1-
MUIHBINA TPOWIIbL U POCT cerojieTok 0+ aTmaHTuye-
CKOTO JIOCOCS B YCJIOBUSIX UCKYCCTBEHHOTO BhIpAIIA-
BaHWUSI.

MATEPUAJIBI U METO/1bl

B mtone ceronerku (0+) aTIaHTUYECKOTO JIOCOCS
OBUIM TIEpEHECEHBI M3 MHKYOAIIMOHHOTO IIEHTpa B
BBIPOCTHBIE OacceiiHbl BBIrCKOro phIOOBOJHOTO 3a-
Bona (Pecrrybnuka Kapenust) mpu JOCTHKEHUM CO-
otBercTBytomeit Macchl (0.96—1.00 r). Ilocme He-
JeJIbHOM amanTaluy, B HaJyaje aBrycra, ObLI MOCTaB-
JIeH BKCIIEpUMEHT MO BJIMSHUIO Pa3HbIX PEXUMOB
¢ortoneprona (KOHTPOIb—3aBOJICKHUE YCIOBUS, pe-
KUMBI 16:8 1 24:0) Ha TUNIUAHBINA TPOMUIb Ceroe-
TOK Jococsi. B manbHeiilieM mpoObl MOJIOAU JIOCOCS
oTOMpamm i1 OMOXMMMWYECKOTO aHaIM3a JIMITHIOB
JIBaXKAbl — B CEHTSIOpE 1 OKTI0pe. MoJioap JIococst Co-
nepxanach B bacceitHax pazmepom 2 X 2 M. JIist Kax-
JIOTO U3 UCCIIEyEMbIX IKCIIEPUMEHTAIBHBIX PEXXUMOB
OCBEIIICHUSI, a TAKXKe ISl 3aBOACKOrO peXuMa (KOH-
TPOJib) OBUTH OTIpeaesieHbl Mo ABa bacceiiHa. M3 kax-
Joro 6acceitHa ¢ COOTBETCTBYIOIIMM PEXKUMOM OCBE-

LLIEHUSI 3a0Mpaiid paBHOE KOJIMUECTBO PhIO, 1151 Pop-
MUpPOBaHUs cMelnaHHoi BBIOOpKHU (n = 20). Tem
CaMBbIM, MCCIIEIOBAIA TPU TPYMITHI PHIO: KOHTPOIb-
Hasi — 3aBOJCKOE€ OCBEllleHUEe, SKCIepUMEeHTaJb-
Hble — 16:8 (16 4 cBeTa U 8 U 3aTEMHEHUS ) U KPYTIIO-
CYTOUYHOE/TIOCTOSTHHOE ocBelieHue, 24:0. Onucanue
PEXKMMOB OCBellIeHUsT ObLIIO paHee MPEACTaBICHO B
pa6ore H.H. HeMoBoii ¢ coaBTopamu (Nemova et al.,
2020), B KOTOpOIi 00CYKIaJIMCh TaHHBIE 10 XKUPHBIM
KHMCJIOTaM M Macce Y MOJIOAM JIOCOCS B SKCIIEPUMEHTE C
dotomepromom. Cxema 3KCITepuMeHTa JaHa Ha puc. 1.

DKCIepUMeHTaIbHbBIe OacCeHBI ObLIN 000PYIOBa-
HbI JBYMSI CBETOAMOMHBIMU CBETUJIbHUMKaMU (Aquael
leddy smart led sunny, 6 W, 6500 K), a mj1s1 co3maHus 3a-
TeMHEHUs GacceiiHbl HaKPbIBAJIX YEPHOI1, HEMPOITyC-
Kawolleil cBeT TieHKoil. IlepekinoueHre peXruMOB
TMIPOUCXOANIO ABTOMATUYECKU C IMOMOIIBIO PO3ETOK-
taiimepoB (Feron TM-50). Bce ocTajbHbIC YCIOBUS
colep>XaHus s Bcex 0acceiiHOB ObUIM OIMHAKOBBI-
MU: TJIOTHOCTb MTOCAAKHU, PEXUM KOPMJIEHUS U KOPM
(cormmacHO TOTPEOHOCTSIM BO3PAcTHOI TpyMITbI), MPO-
dunakTruyeckure Mephbl 1 yxo 3a bacceitHamu. st Mo-
JIOAM JIOCOCS, BbIpAIlIMBAEMOM B yCJIOBUSIX 3aBOja, UC-
MOJIb30BaJId KOMMepUYeCK1ii KopM Mapku BioMar Ini-
cio plus G (Biomar, Danmark) (cTapToBblIit KOpM 1151
ceroieTok 0-+).

OHTOIEHE3 Ttom 52 Ne2 2021
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KomuuectBo cerojieTok, comepxKaliuxcs B Oac-
ceiiHax coctaBuio: 7541 wmrt. (KOHTpOb), 7361 1mT.
(pexxum 16:8) u 7400 (pexxum 24:0). Boma B 6acceifHbI
mocTymnaia ¢ MaTKOXHEHCKOro BOIOXpaHMJIMIIA
(p. Huxnawmit Beir). TeMriepaTypHBIiA peXuM ObLI
€CTeCTBEHHBII. 3HAUCHUSI TeMIIepaTyphl 3a IIePUO/I
HCCJIeOBaHMsI COCTaBUJIM B aBrycre 18.2—13.8°C,
ceHTsa6pe 13.8—9.8°C, oktsa6pe 9.8—2.4°C. Dkcne-
PUMEHT MTPOBOIMIICS IO KOHIIA OKTSIOPs. [TpoOkI pbIO
(Tymku peli0) Ha JUITMOHBIN aHAJn3 Opajiu B KOHIIE
KaXXI0ro Mecsla.

B3BemnBaHue puid MPOBOAMIN KaXKIbIii Mecsil
(o 3—5 pa3 B Mecs1) Ha 3aBoje. YunmpoBaHUE CeTo-
JIETOK HE IPOBOIUJIOCH BCICIACTBUE UX MAJICHBKUX
pa3MepoB, MOATOMY JaHHBIE MO Macce PhIO Moyvyaiu
MO pe3yJbTaTaM IMOBTOPHBIX B3BeIIMBaHUM 1Mo 70—
100 ocobeit BMecTe. CpeaHsist Macca MOJIOIM JIOCOCSI
0+ B Hayvaze UCClIeNOBaHUS B pa3HEIX OacceifHax co-
crapmsa: 0.96 £ 0.07 (xoHTpois), 1.00 = 0.04 (pe-
xuM 16:8), 0.96 = 0.03 (pexxum 24:0). 3a Bech nepron
SKCIIEpUMEHTA ObLIO coOpaHo 465 pob CeroeTox.
Kpowme Toro, cnemyetr oTMETUTD, UYTO “OoTX0n” B Oac-
ceifHaxX ¢ 3KCHEePUMEHTAJILHBIM OCBEIIEHUEM OBbLI
HUXE IO CPaBHEHUIO C KOHTPOJABHBIM (139 1miT.,
1.84%) n cocraBun 45 ocobeit (0.61% — pexum
16:8), 72 (0.97% — pexum 24:0).

DKCTpaKIHUIO JUIIMIOB U3 0OTOOpPaHHBIX 00pa31ioB
(Tylika) MOJIOAM JOCOCS TIPOBOAMIMA MO METOMY
®doya (Folch et al., 1957) u Keiitc (Keiitce, 1975). 3a-
TeM JIMIUIBI KOHLIEHTPUPOBAIM C IIOMOIIIBIO POTOPHO-
BakyymHoi ycraHoBku Heidolph Hei-Vap (Heidolph,
I'epmanus). BblaeaeHHbIE CyMMapHBIE JUIIUAIBI U
00€e3KMPEHHbBII OCTaTOK (BKJIIOYAIOIINIA OCIKU, yI-
JIEBOJIbI, HYKJIEMHOBBIE KMCJIOTHI, aMUHOKHUCIIOTHI U
MUKPO3JIEMEHTHI) CYILIMJIN IO ITOCTOSIHHOM MacCChI.

KauecTBeHHOE M KOJIMYECTBEHHOE OIpelesieHue
OTAEIbHBIX JIMITUAHBIX KJIACCOB OCYIIECTBIISIU MPU
IMOMOIIIM METOAA BHICOKOA(MMOEKTUBHOM TOHKOCIOM -
Hoit xpoMaTtorpacduu (BOTCX). dpakiimoHUpoBa-
HYE OOIIMX JJUTIMAOB MPOBOAWIN Ha TUIACTUHKAX Ha
crexysiHHoi ocHoBe — HPTLC Silicagel 60 F,s, Premi-
um Purity (Merck, I'epmanust). HaneceHue akcTpakra
JIMTIUJIOB OCYIIECTBJISIIOCH ITPU TTOMOIIIU MOJlyaBTOMAa-
T4eckoro anmiikaropa Linomat 5 (CAMAG, Iseii-
Hapust) MUKpolpuiioM Ha 100 MKJT INTPUXOBBIM Me-
TonoM. B KauecTBe 3/110€HTa, a TaKXKe pacTBOpa ISt
HachIleHUsT XpomaTorpaduyeckoit kameposl ADC?2
(CAMAG, IlIBeiinapust), NCIIONb30Balach CUCTEMa
pacTBOpUTENIEH TEeKCAaH—IUITUIOBHIN 3(PUpP—YK-
cycHas kucioTa (32 : 8 : 0.8 mo o6bemy) (Olsen, Hen-
derson, 1989). HackilieHue xpomarorpacdudeckoit
KaMephl TpoBOAMIN B TedeHue 20 MUH ¢ OJHOBpE-
MEHHBIM KOHTpOJIeM BiaxkHocTH (10 MuH), mocJe ye-
r'o IIPOBOIMJIOCH HACKIIIEHNE MIACTUHBI (20 MUHYT).
Jucranums monaBrkHOM (da3wel coctaBisgiaa 80 MM
(Rf koneyHast = 80 MM), CyIllIKa IUIACTUHBI OCYIIIECTB-
Jisutach B TeyeHue S5 MuH. [IposiBaeHue JUNUIHBIX
MSATEH MPOBOIMJIU B pacTBOPE MEIHOIO KyIlopoca
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(CuSO,) c oprodocdopHoit kucinoroit (H;PO,) n
HarpeBaHueM I1acTuHEI 10 160°C B Teyenue 15 MyuH
(Hellwig, 2008). KayecTBeHHOE M KOJIMYECTBEHHOE
ornpenejeHue JUMUAHBIX KOMIOHEHTOB ObLIO BbI-
nojiHeHO B Kamepe aeHcutomerpa TLC Scanner 4
(CAMAG, lIBeiiiapusi) Ha neiiTeprueBoit TaMIe mpu
mmHe BoJIHBI 350 HM B pexxume agcopounu (Hellwig,
2008). MoenTtrudukaums JTUITMIHBIX KJIACCOB IIPOBO-
Iunach Mo peepeHTHBIM CTaHIapTaM COOTBETCTBY-
OIIMX KOMIIOHEeHTOB (Sigma-Aldrich, CIIIA) ¢ yue-
TOM cooTBeTcTBUS 3HaueHui Rf. B coctaBe obuinx
JIUTIUOOB aHAJIM3UpOBaIU: obiue (hochoTUITUIbl
(®dJ1), tpnamunrmuuepunbl (TAD), nunamuirauie-
punsl (IAI'), xonectepuH (XC), achupnl xoaecTepu-
Ha (DXC), cBobonHbIe xxupHbIe KUCTOTHI (CXKK).

CocTtaB MHOIUBUAYaIbHBIX (OCHONIUIINIOB —
dochatugmaxonuHa (PX), docharuamizTaHOI-
amuHa (PDA), pochatunguiacepuna (PC), bocda-
uaunmHosntona (PU), chounromuennua (COM),
mm3odocharuamaxonmuia (JI®X) aHanuzupoBanu
METOJOM BBICOKOR(M(MEKTUBHOM KXKUIKOCTHOI XpoO-
MaTtorpaduu Ha cTaiabHOIT KomoHke Nucleosil 100-7
(“Oncuko”, MockBa), UCIOJb3YSI DIIOEHT aleTo-
HUTPUJI—TeKCaH—MeTaHOJI—OopTodochopHasi KUCIO-
Ta (918 : 30 : 30 : 17.5). leTekTUpOBaHUE MTPOBOAUIN
10 CTEeIIeHU TorioleHus cBeta npu 206 HM (Arduini
et al., 1996). CooTHOIlIEHUE MEXIY KOMIIOHEHTAMU
OIIEHWBAJIY 110 BeJIMIMHAM TUTOIIane it ITMKOB Ha XpO-
MaTorpaMmax.

JanHble BTads. 1 u 2 npeacrapneHsl B Buae M = SE
(ommbka cpegHero apudmerudeckoro). Oopadborka
pe3yJbTaTOB MPOBOIMIACH ITPU MTOMOIIIY HENapaMeT-
PMUECKOTO METO/Ia TECTA PAHTOBBIX CyMM BIHIKOKCOHA—
MaHHa—YUTHU B OTKPBITOI cpele MporpaMmMuUpoBa-
Hus R (Kopocos, I'op6au, 2007). Paznuyus cauraroTcs
JIocToBepHbIMHU TipH p < 0.05.

HccrrenoBaHusT BBITIOTHEHBI Ha 6a3e JlabopaTopuu
SKOJIOTUYECKONl OMOXMMHU M C WCITOJIb30BaHUEM
obopynoBaHusi LleHTpa KOJUIEKTUBHOTO I0JIb30Ba-
Hus OUILI “Kapenbckuit HayuHbI 1IeHTp Poccuii-
CKOM aKkageMnH HayK”.

PE3YJIbTATDBI

Pesynbrarhl ncciaenqoBaHWii O BIMSIHUIO Pa3HBIX
peXXnUMOB (oTorneproaa Ha JUNUIHBIN ITPodUIIh ce-
TOJIETOK JIOCOCS IIPU €r0 MCKYCCTBEHHOM BbIpallly-
BaHUU MIpeaCcTaBICHEI B Ta0a. 1 1 2.

V cerojieToxk u3 Tpex 0acCEMHOB ¢ pPa3HBIM PEXU-
MOM OCBEIlIEHUSI, BKII0Uasi KOHTPOJIbHBI, OTOOpaH-
HBIX B CEHTSIOpE, JIUMMUAHLINA MTpoGUiIb TOCTOBEPHO
He oramyajcsa 1o comepxkanumo OJI (B mpememax
26.59—27.13% cyxoii Macchl), B TOM 4HCJIe CyMMap-
HeIX DJI (3.69—4.02%) n JAT (1.22—1.24%). Ilpn
pexumax 16:8 u 24:0 y ceroaeTtok oTMEYEHO HOCTO-
BEpHO 3HAUYMMOE CHIKeHUue KoiaudecTBa XC, MU-
HOopHBIX PU 1 ®C, a Takxke cHkeHne JIOX 1 DXC —
npu pexunme 24:0, uagekca XC/DJI — npu 16:8.
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HEMOBA u np.

Tab6auna 1. ConepxkaHue OOIIUX JIUTIUAOB 1 JIMTTUIHBIX Ki1accoB (hochomumnuasl, TpUauIrIUIEPUHBI, TUALAITIUIEPU-
HbI, 9(PMPBI XOJIECTEPUHA, XOJIECTEPUH, CBOOOIHbBIE XKUPHbIE KUCIIOTHI) (% CyX0il MacChl) y CETOJIETOK aTJIaHTHYECKOTO JIO-
cocs (Salmo salar L.), BeipalmmBaeMbIX Ha BEITCKOM pHIOOBOTHOM 3aBOJIE TP pa3HBIX CBETOBBIX pexknmax. O6o3Haue-
HUS: 1 — YUCIIO TIPo0, 16:8 — 16 1 ocBelieHus 1 8 4 3aTeMHeHUs, 24:0 — mocTossHHOE ocBeleHne, OJI — oGLIMe TUITUIbI,
DJI — pochomumuapl, TAT — tpuanmnrmuiepunsl, JAI — nnanunruuepunbl, DXC — a¢upsbl xonectepuHa, XC — xote-

crepuH, C2XKK — cBoOOgHBIE XXKUPHBIE KUCTOTHI

Mecsg CeHTs10pb OKTS6pb
Pexum ocsemienusii  KoHTposb 16:8 24:0 KoHTpoJib 16:8 24:0
n 20 20 20 20 20 20
Macca*, r 2.47 £ 0.09 2.51 £0.08 2.62 £0.19 3.68 +0.13A 3.50 + 0.154 3.74 + 0.244
Macca*, r 1.88—3.09 1.90-3.01 1.55—-4.30 3.04—4.7 2.58—4.94 2.49-5.45
min—max
Himuna (TL)*, cm 6.12+0.05 6.09 = 0.07 6.18 £0.14 7.16 + 0.08~ 7.04 + 0.102 712 + 0.14A
Hnuna (TL)*, cm 5.8-6.5 5.5-6.4 5.4-173 6.72—-7.73 6.44—7.92 6.22—8.15
min—max
OJ1 27.13 £0.34 26.80 =091 [26.59 £ 0.39 32.81 +0.872 | 34.23+0.784 | 32.72 + 0.94A
D1 4.02 £0.08 3.69 £ 0.13 3.84 £ 0.07 5.66 + 0.36A 5.67 + 0.132 4.68 + 0.11AL2
JOAT 1.22 +£0.03 1.22 £ 0.06 1.24 +0.03 1.37 £0.10 1.26 = 0.04 1.15 + 0.03%2
XC 3.64 £0.04 3.19 £ 0.11! 34540062 | 4.35+0.124 | 4.80 £0.09A | 4.55+0.1142
CXKK 1.48 £0.06 1.49 £0.07 1.80 £0.0752 | 0.72£0.04% | 0.89 +0.04A1 | 0.95 £ 0.044!
TAT 15.00 £ 0.22 15.34 £0.52! |14.85+0.23% | 18.26 £0.73* | 19.39 £ 0.56* | 19.77 + 0.69*
9XC 1.77 £ 0.05 1.86 = 0.08 1.41 £ 0.052 | 2.45+0.152 2.20 £ 0.13 1.63 + 0.06A12
XC/DJ1 0.91 £ 0.02 0.87 + 0.01! 0.90 = 0.02 0.79 + 0.032 0.85 £ 0.01 0.97 + 0.01AL2
TAT/®JI 3.75£0.06 417 £0.07" | 3.87 £0.03? 3.4+0.21 3.43+0.09% | 4.22+0.0842

A

ITpumeuaHue. ¥ — pa3MepHO-BECOBbIE XapaKTEPUCTUKHU CETOJIETOK B3SITHIX ISl OMOXMMUYECKOTO aHAJIN3a,

(» £0.05) OT TaKOBBIX Y PBIO B CEHTSIOpE;
IEHUU (KOHTPOJIb);

IIpuyem comepxanue TAI' u uagekc TAIL/DJI mo-
BBICWJINCh Y CETrOJIETOK IIPU PEXMME OCBEIICHUS
16:8, a COM u CXKK — nipu pexxume 24:0 o cpaBHe-
HUIO C KOHTpojeM. HaubGonblnne m3MeHEHUS JIv-
MUIHOTO IIPOMUIIST Y CETOJIETOK B CEHTSIOpE YCTaHOB-
JieHbl Tipu pexume 24:0. CHUXXeHUe Mpu pekume
24:0 y Moioau B pa3HOIi CTeIEeHUN OTAEIbHBIX KJIACCOB
murmaos (U, OC, JIOX, BXC) moaoXUTEIbHO
KoppeaupoBalio ¢ nmoBeiieHrueM CXKK. ITpu atoMm y
CETOJIETOK JIOCOCS B CEHTIOpe mpu pexuMe 24:0, Ha-
0J1I0a10Ch MOBBILIEHNE Pa3MEPHO-BECOBBIX XapaK-
TepucTuK — 2.62 1 1 6.18 cM poTuB 2.51 r 1 6.09 cMm;
2.47 Tt 1 6.12 cM 1ipu pexkrMe 16:8 1 KOHTpOJIe COOT-
BETCTBEHHO.

V cerojieTok, OTOOpaHHBIX B OKTSIOpe, B LICJIOM
(TIp1 BceX pexXuMax, BKIII0Uask KOHTPOJIb) OTMEUYEHO
noBeiieHne conepxaHus OJI (B mpenenax 32.72—
34.23% cyxoii Macchl), B TOM YMCJIe TOMUHUPYIOIINX
sammacHbIX TAT (18.26—19.77%), a Takke ®JI n XC B
OKTSIOpE IT0 CpaBHEHUIO ¢ CeHTI0peM. OCHOBHEBIC 13-

— OTJIMYUSA JOCTOBECPHLI

— ommuust [ocToBepHHI (p < 0.05) OT TAKOBBIX Y PHIO, BRIPAIITUBAEMBIX ITPU 3aBOJCKOM OCBE-
— oTimuMst ocToBepHBI (p < 0.05) OT TAKOBBIX Y PHIO, BEIpAIIMBAEMBIX B YCIIOBUSIX pexkuMa 16:8.

MEHEHWSI JIUIUTHOTO CIIEKTpa IIpY BIMSHUU IBYX Pe-
KMMOB (POTOIEepHrOIa OTMEUCHBI Y CETOJIETOK, afanTh-
POBaHHBIX K pexkumy 24:0 (OTHOCUTEILHO KOHTPOJIST) U
CBSI3aHBI CO CHIDKEHMEM COACPXKAHUSI CTPYKTYPHBIX
®DJI (B ToMm uncie ®X, JI®X), JAT, DXC u moBbliie-
HueM CXKK, ungekcoB XC/@JI u TAI/DJI. Ilpu
5TOM y pbIO Ipu pexume 16:8, OTHOCUTENILHO KOH-
TPOJISI, YCTAHOBJIEHO TOCTOBEPHOE MOBBILIEHUE CO-
nepxanusi XC, CXKK u cHikeHne DXC. Y ceronerok,
POCT ¥ pa3BUTHE KOTOPBIX IIPOXOIMIIO IIPU peskrMe ho-
Tonieprona 24:0, oTMeueHa TeHICHIINS K TTOBBIIIICHUIO
Beca — 3.74 rmpotuB 3.50 T 1 3.68 r — (COOTBETCTBEHHO,
npu pexxume 24:0, 16:8 1 KoHTpoITe).

OBCYXIEHHNE

JIutmapl, KaKk U3BECTHO, SBIISIIOTCS HE TOJBKO
CTPYKTYPHBIMU KOMITOHEHTAMU JKMUBBIX CUCTEM U UC-
TOYHUKOM SHEPTUU, HO W BBIMOJHSIOT CUTHAJIBHBIE
GyHKIUM, MOLYJINPYSI aKTUBHOCTb KJIETOUHBIX (hep-
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Taomuuna 2. ComepkaHue MHIVBUAYATbHBIX (hochomumuIoB (% cyxoil Macchl) y CErojieTOK aTIAHTUYECKOTO JIOCOCS
(Salmo salar L.), BeIpaiiiiBaeMbIX Ha BhIrCKOM pbIO3aBo/ie TIpY Pa3HbIX CBETOBBIX pexknmax. O003HAUYCHUSI: 1 — YUCIIO
po6, ®U — pocharuaununosuroi, PC — pochatunmicepur, DHA — pocharuaunsraHosamu, DX — pochatuami-
xonuH, JI®X — nmuzodocharuamnxoanud, COM — chUHToMUETNH

Mecsn CeHTs0pb OKTSI0pb

OCI;ZEZXHH Kontpomns 16:8 24:0 Kontpoib 16:8 24:0
n 20 20 20 20 20 20
Macca*, r 2.47 £ 0.09 2.51 £0.08 2.62 £0.19 3.68 +0.13A 3.50 + 0.154 3.74 + (0.247
Macca*, T 1.88—3.09 1.90-3.01 1.55—4.30 3.04—-4.7 2.58—4.94 2.49-5.45
min—max
Hmuna (TL)*, cm 6.12 £ 0.05 6.09 = 0.07 6.18 £ 0.14 7.16 + 0.082 7.04 + 0.10A 712 + 0.14A
Hnuna (TL)*, cm 5.8—6.5 5.5-6.4 54-7.3 6.72—7.73 6.44—7.92 6.22-8.15
min—max
DI 4.02 £0.08 3.69 £0.13 3.84 £0.07 5.66 £ 0.36% | 5.67+£0.13% | 4.68 +0.11A1:2
DU 0.17£0.01 0.15+0.01' 0.11 £ 0.01! 0.07 +0.00* 0.07 +0.014 0.06 £ 0.01*
C 0.04£0.004 | 0.03+£0.003 0.03 £0.004' | 0.09 +£0.014 0.08 +0.014 0.08 +0.014
DBA 0.56 £ 0.02 0.48 £0.03 0.49 £0.03 0.96 + 0.054 1.07 +0.03A 0.91 + 0.0242
DX 297+0.06 | 2.79+0.11 2.99£0.054 | 419+0.334 | 4.12+0.09% | 3.39£0.09A12
JI®X 0.26£0.02 | 023£0.02 | 0.21+0.01" | 0.09+0.01" | 0.08+0.01* | 0.05=0.00A"2
coM 0.005£0.001 |0.003£0.001 | 0.01+0.001 | 0.01+0.00* | 0.01£0.00* | 0.01+0.00*
HeusBecTHbIe 0.01 = 0.003 0.01 = 0.002 0.01 = 0.001 0.25+0.04% | 0.24+0.024 0.17 + 0.0242

TTpumeuaHue. ¥ — pa3MepHO-BECOBbIE XapaKTEPUCTUKHU CETOJETOK B3SITHIX ISl OMOXMMUYECKOTO aHAJIN3a,
— oTanyust nocToBepHBI (p < 0.05) OT TAKOBBIX Y PbIO, BhIpallIBaEMbIX ITPU 3aBOICKOM OCBE-
— omnumst 1ocToBePHBI (p < 0.05) OT TAaKOBBIX Y PBIO, BBIPAILIMBAEMBIX B YCJIIOBUSIX pexuma 16:8.

(p £0.05) OT TaKOBBIX Y PBIO B CEHTSIOpE;
IeHUM (KOHTPOJIb);

MeHTOB. [ToaTomMy MoaubUuKauu JUTTUIHOTO OKPY-
JKEHUsI OpTaHU3MOB, BbI3BaHHbIE BO3IEICTBUEM pa3-
JIMYHBIX (PaKTOPOB, OKA3bIBAIOT BJIMSHUE Ha LIeJbIA
psia (pU3MOJIOTMYECKUX TIPOLIECCOB, BKIOYAsl pOCT U
pazButue (Hochachka, Somero, 2002; Arts, Kohler,
2009). Pe3ynbrarhl UCCIEIOBAHUM BIWUSIHUSI CBETO-
BbIX PEXXMMOB Ha JIMIMTUIHBINA CTATyC CEroJIeTOK aT-
JIJAHTUYECKOTO JIOCOCSI CBUIETEIbCTBYIOT O TOM, UTO
Y CETOJIETOK B CEHTSIOpe, Ha (pOHE OTCYTCTBUS U3ME-
HeHuit B cogepxanun OJI, cymmapubix ®J1 u JAT
oTMeueHO cHImKeHrne XC M ero 3amacHon (opMBI
BXC, a takke MuHOpHBIX DJI (PU, OC, JIDX),
YTO TIOJIOXKUTEJIbHO KOPPEJUPYET C MOBBILIEHUEM
CXK (B 1.2 paza). DT nu3aMeHeHUs B OOJIbIIIEI CTe-
TEHU OTMEUEHBI y CETOJIETOK, COAepXKaIIUXCsl B 6ac-
ceiiHax npu ¢ortonepuone 24:0. YcraHOBICHHBIE
MoandpUKaIIMM YKa3bIBAaIOT Ha 0oJice aKTUBHBIC Me-
TaboIMYECKHE TIPOLIECCHI Y PHIO B YyCIOBUSIX KPYTJIO-
CYTOYHOIO ocBelleHUs1. MI3BeCTHO, UTO y pbI® Mpu
aKTUMBalMU (PU3NOJIOTUYECKUX TPOLIECCOB U3 JIUTIU -
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A_ OTJINYUA IOCTOBECPHLI

JIOB OBICTPO MOOWMIU3YIOTCS XXUPHBIE KUCIOThI, 00-
pasys nmya CXKK, obecrieunBasi UM TTPUTOK SHEPTUU
(Caytun, 1989). YcuieHue OKUCIUTENbHBIX peak-
111 B OTAEJNbHBIX JIMITMIAX BIIOJHE MOIJIO TPUBECTHU
K noBbiieHn0 CPOM (B 2 pasa), 4TO CIIOCOOCTBYET
pUTrMAHOCTA 6GMOMeMOpaH U MOXET paccMaTpUBaTh-
Ccs Kak KOMIIEHCAaTOpHasi peaklivsi Ha MpPOAOJIKU-
TeJIbHOE OCBEIlIEHNE.

COBOKYITHOCTb M3MEHEHUI OTIEJbHBIX KJIACCOB
®DJI, 0cobeHHO MUHOPHBIX, KOTOpbIE, KaK U3BECTHO,
SIBJISIIOTCS TIOCPETHMKAMM MHOTMX CUTHAJbHBIX M€-
XaHU3MOB PETYJISILIMM BaXXHEUIIINX METa0OIMUECKUX
MPOLIeCCOB, HallpaBjeHa, Mo-BUIMMOMY, Ha obecre-
YyeHHUe afalTalii CEroJIETOK JIOCOCS B OTBET Ha BO3-
JIeiiCTBUE TAaKOI0 MOILIHOro (pusnyeckoro (axkropa
Kak HelpephIBHOE ocBellleHue. [1pu yBeTMyeHnH cy-
TOYHOTO ITepuoAa OCBEIEHUSI MOJIOIb PhIO Harboee
3(PEeKTUBHO ycBamBaeT KOpPM, OTIMYAcTCsS Ooiee
BBICOKOI JKM3HECITOCOOHOCTBIO M CKOPOCTBHIO POCTA
(BnacoB u np., 2013). B HallieM 3KciepuMeHTe B CEH-
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TIAOpE CETOJIETKM JIococd Tpu pexkmme 24:0 mMenn
CPaBHUTEJILHO JYYIINIA BeC U pocT — 2.62 11 6.18 cM
potuB 2.51 T m 6.09 cMm — mipu pesxkume 16:8;2.47 ru
6.12 cM — B KOHTpOIJIE.

CreqyeT OTMETUTD, YTO Y CETOJIETOK B OKTSIOpE, BO
BCEX UCCIIeIyeMbIX BapraHTax ¢oTornepruoaa, BKIO-
4yasi KOHTPOJIb IT0 CPaBHEHUIO C CEHTSIOpEM, OTMEeUe-
Ho noBeiieHUe OJI 3a cueT 3amacHbIx TAI 1 cTpyK-
TypHbIX JunuaoB — XC u ®JI (B Tom uucie ®C,
DOA, DX, CDOM), 4TO CBUALTEITBCTBYET HE TOILKO O
BJIMSIHUM Pa3HOTO pexuma ¢oTolepruoaa, HO, BO3-
MOXHO, U TemmepaTrypHoro ¢akropa. B okTsbpe
TemrepaTtypa cHusmiach Ha 4°C (mo 9.8—2.4°C) 1o
cpaBHeHUIO ¢ ceHTsIopeM (13.8—9.8°C). Ananrauus
CETOJIETOK K 3KCMEPUMEHTAIbHBIM CBETOBBIM PEXM-
MaM Ha ypOBHE JIMIIUIOB MOXKET pealn30BaThCs pa3-
HBIMU OHMOXMMHYECKMMU MexaHu3MamMu. C omHOI
CTOPOHBI, TIPU IKCHEPUMEHTAJTBHBIX CBETOBBIX pe-
XKHMaX Yy CEerojeToK IMOBHIIIAETCSI MHTEHCUBHOCTH
JIMIIOJIN3a, CBI3aHHAs C MOOMIM3aIel 9HEpreThuIe-
CKUX KOMIIOHEHTOB JMMWIOB, Ha 4YTO YKa3bIBaeT
camxeHue copepxkanust DXC, AT u ®JI, Bxirouas
OX n JIOX, n noseimieHne C2KK, a Tak:ke MHIEKCOB
XC/®JI, TAT/®DJI (nmpu pexume 24:0). Cnenyet oT-
METHUTh, 4TO cHIKeHue JJAID B OKTSIOpe y ceroiaeTox
0+ npu pexnme 24:0, BO3BMOXHO, CBSI3aHO C KOM-
IUIEKCHBIM JIefiCTBUEM MPOAOJLKUTEIBHOCTU OCBe-
IIeHWS U CHIDKEHUEM TeMIlepaTyphl. Jdualiriniie-
PUMHBI SIBJISTIOTCSI MYJIbTU(MYHKIIMOHAJILHBIMY BeIle-
CTBaMU, IpeAllecCTBeHHUKaMU He ToabkKo TAI, Ho u
mHorux DJ1, a HanpaBiIeHUE UX META0OINIECKUX ITy-
Tei peryaupyercs Kak BHYTPEHHUMMM, TaK M BHEIII-
HUMM akTopamu cpeanl (CaytuH, 1989). ITpu atom
clienyeT yYMThIBaTh HE TOJBKO comepxkaHue XC u
®JI, Ho n ux coorHomeHne XC/MDJI. Tak, B OKTIOpe
MPU UCCIIEAYEMBIX CBETOBBIX PEXXMMaX y CErojeTOK
YCTaHOBJICHO MOBHIIICHWE WHAEKCA COOTHOIIECHMUS
MeMOpaHHbIX JunumaoB XC/DJI (mo 0.97 npu pexu-
Me 24:0 u o 0.85 nipu pexume 16:8 mpotus 0.79 B
KOHTpOJIE) 3a CueT CHWXeHUus comepxaHus OJI
(rmaBHBIM 00pa3oMm DX, a Takxke JIDX). UsmeHeHUE
cooTHolueHus1 XC/PJI saBisieTcsi OMHUM U3 KJIoue-
BBbIX MEXaHU3MOB PEryysiluu (pU3NKO-XUMUUYECKOTO
COCTOSTHUSI OMoMeMOpaH M X MOHHOM IIPOHUIIAEMO-
CTH, YTO BJIMSICT Ha pa3IMuyHble OOMEHHBIE TIpoIeC-
ChI, TaKMe KaK (CKOpOCTb TpaHCIIOpPTa MOHOB, METa-
ooymroB m Bomel (Hetroxaitimo, Tapacenko, 2001;
Perevozchikov, 2008). Pe3yibTaToM MOXET ObITh UH-
rubupoBaHue okuciieHusI Kak XC, Tak U OTIeJIbHBIX
MUHOpPHBIX Ki1accoB DJI (DU, OC, OBA, COM).
Bce oTMedeHHBIe U3MEHEHUSI JTUMUIHOTO MPODUIs
CETOJIETOK JIOCOCS B IIPOIIECCE PA3BUTUS B YCIIOBHSIX
9KCIEPUMEHTa B OOJIbIIIEH CTENEeHM IIPOSBUJINCH B
OKTSIOpe MPU KPYTJIOCYTOUHOM PEXUME OCBEIICHUS
24:0. Kpome TOTO, K 3TOMY II€pHOIY KaK B KOHTPOIJIE,
TaK U IIpU 00OMX CBETOBBIX PEXKMMAaX y CEroJeTOK
Bo3pacTaeT coaepxxaHue 3arnacHbix TAI' v moBbIla-
ercsa uagekc TAL/®JI (ripu 24:0), 4yTo CBUOETEIb-
CTBYET O MOBBILIEHUN Y PHIO 3HEPTreTUUECKOro I10-

TeHIIMAaJIa, KOTOPBII ITOAAECPXUBAETCS 32 CUET Oojiee
3 heKTUBHOrO0 KOHBEPTUPOBAHUSI KOPMa B YCIIOBU-
SIX IOITOJIHUTEJILHOIO OCBEIIEHMUS, a TaKKEe MOXKET
OBITH CBSI3aH M C TeMIepaTypHBIM (pakTopoMm. Bos-
MOXHO, CHMXXEHHE TeMIepaTypbl BOAbI B OKTSOpe
IOBJIMSIJIO HAa TTOBBIIIIEHUE aKTUBHOCTH JIMITA3kI B 3Ke-
JIyIOYHO-KHMIIIEYHOM TPaKTe phIO, YTO CIIOCOOCTBO-
BaJI0O HaWIydllleMy KOHBEPTHUPOBaHMIO TuIiu. Tak
pe3yabTaThl pabOTHl KUTAMCKMX YYCHBIX ITOKa3aJiu,
YTO MOJIOAb aMyPCKOTr'0 OCETpa XOPOIIIO ITepeBapuBa-
eT JIMITUIBI IPU TTOHMXXeHHOoT TeMneparype (14°C), a
nmpoterHbl — nipu 21 1 28°C (Hong-jie et al., 2007).

OTMedeHHbIE U3MEHEHUST B COMEP>KaHUM OCHOB-
HBIX JIMTTUAHBIX KJIACCOB MOJIOKUTEIbHO KOPPEJIUpY-
0T C TEHACHITHE TTOBBIIIIEHUS TEMITIOB POCTa CEToJIe-
TOK npu cBeToBOM pexknme 24:0. CiieqyeT OTMETUTD,
YTO IaHHBIC COMIACYIOTCSI C OIyOJIMKOBAaHHBIMU pa-
Hee (Nemova et al., 2020) pe3yabTaTaMy U3y4eHUS
SKMPHOKMCJIOTHOTO COCTaBa MOJIOAM JIOCOCS TIPU Ba-
PbUPOBAaHUM CBETOBBIX PEXHWMOB B aHAJOTMYHOM
SKCIIepUMEHTE.

SAKJIIOYEHHUE

BBeneHune nonoIHUTEIHFHOTO OCBEIICHMS TP 3a-
BOJICKOM BBIpallliBaHUM MOJOAU AaTJaHTUYECKOTO
JIOCOCSI Ha 3Talle CETOJIETOK IMPUBOAUT K KOJIMYECTBEH-
HBIM 1 Ka4YeCTBEHHBIM MOIM(DUKALINIM CTPYKTYPHBIX
1 3aIlaCHBIX JIUTUIOB U UX COOTHOLLIEHUI (MHAEKCOB),
HaIlpaBJICHHBIX HA PETYJISILINIO XXU3HEHHBIX (DYHKIINIA
CErOoJICTOK JIOCOCS ITyTeM TaKMX KOMIIEHCATOPHBIX 13-
MEHEHUI JMIIMAOB, KOTOpble OOECIIeUMBAIOT OMNTH-
MaJIbHbIC afalTalliOHHBIE BO3MOXHOCTH! MX BbIKIBA-
Hus. BapbupoBaHue CBETOBBIX PEXMMOB IIPU BbIpa-
IIMBAaHUM MOJIOAU JIOCOCSI B YCJIOBUSIX CEBEPHBIX
PBIOOPA3BOMHEIX 3aBOAOB MOXKET BJIMSTh Ha ITOJIyde-
HIe 0oJiee JKM3HECTOMKOI, TOTOBOI K BEITTYCKY B €CTE-
CTBEHHYIO Cpely MOJIOJU 3a CUYET YCKOPEHUSI MpolLleC-
COB ec¢ pocTa. JlOIOJTHUTEILHOE OCBEIICHUE MOXET
MIPUMEHSITHCS C LIEJIbIO YCKOPEHUS POCTa MOJIOAM JIOCO-
Csl, HACTYTUIEHMSI ITeproaa CMOJITU(MDUKALIUMY, OTCPOUYKHU
IOJIOBOTO co3peBaHusl. Kpome Toro, ImojrydeHHbIE pe-
3yJIbTaThl 0 MOAM(UKALIMY JIMITMIHOIO COCTaBa CEro-
JIETOK TIpY WCHOJIb30BAaHUU JIOMOJTHUTEILHOIO OCBE-
IIEHUS B IIPOLIECCE Pa3BUTUSI MOTYT UCIIOJIb30BaThCS B
MPAKTUKE BHIPAITMBAHMS MOJIOIM JIOCOCS B 3aBOICKIX
YCJIOBUSIX TIPU pacueTaXx KOPMOBBIX KO3(M(PHUIINEHTOB,
00BEMOB HCITOJIE3YEMOro KOpMa, a TaKKe JUISI XapaKTe-
PUCTUKHU €€ (PU3NOJIOTTIECKOTO COCTOSHMSI.
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KMBOTHBIX B DKCIIEPUMEHTAX U YCJIOBUSI yXOIa 3a HUMU
ObLIU COOJIIOJICHHI.
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The Effect of the Photoperiod on the Lipid Profile in Hatchery-reared
Underyearlings (0+) of Atlantic Salmon Salmo salar L.

N. N. Nemoval- *, Z. A. Nefedova!, S. A. Murzina!, S. N. Pekkoeva',
V. P. Voronin!, and T. R. Ruokolainen!
!nstitute of Biology of the Karelian Research Centre of the Russian Academy of Sciences,
ul. Pushkinskaya 11, Petrozavodsk, 185910 Russia
*e-mail: nnnemova @gmail.com

New data on the effect of prolonged light on the lipid profile in the hatchery-reared underyearlings (at 0+ age)
of Atlantic salmon were obtained. The effect of different light regimes (usual hatchery lighting — control, ex-
perimental lighting — 16:8 h light/dark (LD 16:8) and 24:0 h light/dark (LD 24:0)) was studied during growth
and development of fish. It was found specific alterations in the lipid profile, mainly in the content of struc-
tural lipids (total phospholipids), also in the ratios of structural to storage lipids: cholesterol/phospholipids
(CHOL/PL) and triacylglycerols/phospholipids (TAG/PL) in the fish under experimental light regimes.
These changes were most pronounced in the underyearlings under continuous light (LD 24:0).

Keywords: lipids, photoperiod, Atlantic salmon, hatchery-reared fish
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PA3BBUTUSA PACTEHUN
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HAYAJIBHBIE DTAIIbI OHTOTEHE3A IPEJCTABUTEJEN POJA
HYDRANGEA L. B YCJIOBUAX KYJIbTYPbI
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OnucaHbl HaYaJIbHBIE 3TAlbl OHTOreHe3a BUIoB pona Hydrangea L. ccnenoBaHus TIPOBOAWIMCH Ha ITPO-
tsekeHun 2007—2015 rr. Lens maHHOM pabOThI — U3YIUTH 1 ONMCATh HAYAIbHEIC 3TAIlbl OHTOTeHEe3a IIpel-
craBuresneit poga Hydrangea B ycnoBusix KyJbTyphl B bamkupckoM [penypanbe. B xone nccienoBaHuii 6bi-
JIV pellieHbI CIeAYIONIME 3a1a4uM: OTpeIesIeHbl 3Talbl BAPTMHUJIBHOTO BO3PACTHOTO COCTOSIHUS U3Y4aeMbIX
BUIOB rOPTEH3UM; ONMMCaHbl IPU3HAKU, XapaKTepHBIE ISl KaXKI0T0 3Tara; oxapakTepu3oBaHbl MOpdoi0-
ruyecKkue rmapaMeTpbl paCTeHUI Ha KaXKIOM 3Tarle pa3BUTUS; BbISIBJIEHbI OCOOCHHOCTU Pa3BUTUS U3YYEH-
HBIX BUJIOB Ha HAYaJIbHBIX 3Tarax oHToreHe3a. OmnucaHbl 4 3Tara BUPTMHWIBHOTO BO3PACTHOTO COCTOSI-
HUS: IPOPOCTKY, IOBEHWIbHbIE, UMMAaTYPHbIE U B3POCIIbIe BET€TATUBHBIE PACTEHUSI. DTar IOBEHUIbHBIX pac-
TEHUWI1 y TOPTeH3UIi HACTyMNaeT B CpeIHEM Yepe3 25 NHell rmocsie IpopacTaHust CEMSIH C MOsIBJIEeHUEM 2-ii mapbl
HACTOSIIIIUX JIUCThEB; UMMAaTYPHBIX — B OCHOBHOM Ha 3 Trofty, ITocjie Havyajia BETBJIEHUs OCEBOTO 1obera; BUp-
TMHUWJIBHBIX — Ha 4—5 Toay >KU3HU ¢ HaYaJIOM KYIIEHUsI 1 TPUOOpeTeHUeM KU3HEHHOiT (hopMBbI B3pOCIOTO
pacTeHus.

Karoueeswie cnosea: Hydrangea, HadallbHbIe 3Tanbl OHTOT€HE3a, BO3PACTHOE COCTOSIHUE, IPOPOCTKU, I0BE-

HMWJIBHBIC paCTCHHWA, UMMAaTYPHBIC paCTCHUA, B3POCJIbIC BEI€TaATUBHBLIC PAaCTCHUA

DOI: 10.31857/5047514502102004X

BBEAJEHUWE

Pon I'oprensust (Hydrangea L., Hydrangeaceae Du-
mort.) BKJII0OYaeT B ce0sl KpaCUBOLIBETYIIIME KyCTapHU-
KM, €CTECTBEHHBIN apeas pacIpOCTpaHEHUSI KOTO-
peix — Kwurait, 'mvaman, Amonns, CepepHag 1 FOx-
Hast AMepuKa, eTMHNYHO — DwmnmnuHbl 1 o. fBa. B
HacTosillIee BpeMsI pol BKitodaeT okojio 200 BUgoB u
oonee 350 coproB (van Gelderen, 2004). B rtociienHue
rofibl TOPTEH3UN CTAJIM YPE3BBIYAMHO TMOIYISIPHBI B
JIEKOPAaTUBHOM CaJOBOJCTBE U JIAHIIIA(DTHOM M-
3aiiHe, 1, CJIeJ0BaTeIbHO, BOZHMKIIA HEOOXOIUMOCTh
B M3Y4YEHUHM UX POCTAa M Pa3BUTUS B YCIOBUSIX KOH-
KPETHOI'O permoHa U KJIMMaTU4YECKOM 30HBI.

B HacTtog1ee BpeMst MOApOOHOE aHATOMUYECKOE
1 Mop¢OJIOTUYEeCKOe OIMMCaHue CeMSIH TOPTEeH3Uit
nmaHo B pabotax L. Hufford (1995), A.JI. TaxtamksiHa
(2000), T.A. Jlob6oBoii (2000), M. Morozowska,
A. Woznicka, M. Kujawa (2012). CemeHa ropTeH3uii
MHoOroumciaeHHble, meakue, 0.4—1.5 MM mmmHBI, 0.5—
2 MM mmpuHbl, 0.3—1 MM TommuHbL. LIBET ceMsIH oT
30JIOTUCTO-XEJITOTO 10 TEMHO-KOpHUYHeBOro. Mop-
Ma CeMsH pa3HOOOpa3Hasl: OCHOBHAs 4aCTb BUIOB
MMeeT BepEeTeHOBUIHEIE, OOpAaTHOSMIIEBUIHBIE, IV~
pokogineBuIHbIC M oBaJIbHEIE ceMeHa. H.A. Komsima

(2007) B cBOMX OmbITaxX C 5 BUAAMU TOPTEH3UI OITH-
cajla MOp(}OJIOTruI0 CeMsIH, KOJUYECTBEHHbIC Mapa-
METPHI, UMEIOIINE BaXXHOE 3HAYEHUE IS TTO3HAHUS
nx Ouomornu. B yacTHOCTM, MaKCHMMaJILHBII BecC
1000 1wT. cemstH otMeueH et y H. paniculata — 0.091 r,
H. bretschneideri — 0.075 1, H. paniculata f. grandiflora —
0.060 r. B npupone, no gaHnHeiM M. Hara u ap.
(1999), a takxe H. Kanno u K. Seiwa (2004) y H. pa-
niculata cpeqnauii Bec ceMstH cocrabirsieT 1.01 1. Bepo-
STHO, TaKas pa3sHUIIA B Bece CEMSIH B IIPUPOMHBIX
YCIOBUSX U TMPU UHTPOLYKLIMU MOXET CBUIAETEIb-
CTBOBaThb O KapAWHAJIBHON pa3HUIIE B KOMILIEKCE
KJIMMATUYECKUX YCIIOBUI, B KOTOPBIX IPOUCXOMUT
3aBsI3bIBaHUE U co3peBaHue ceMsiH. O TpopacTaHUU
CeMsIH BUIOB TOPTEH3UI MMEIOTCSI TaHHBIE B paboTax
H.A. Konsaasr (2007). ITo ee cBeneHusiM, B AeHIpa-
puu T'opHo-TaexHoit ctanuuu JIBO PAH na6opa-
TOpHAs BCXOXECTh CEMSH TOPTEH3UM ITOCTATOYHO
BbICOKag M B cpenHeM cocrtasisieT 79%, a 'y H. bret-
schneideri ona nocturaet 90%. I1o manueM JI.A. Cem-
kuHoi# u FO.B. LlpikapeBa (1994), B yClIOBUSIX KyJIbTY-
pel Ha CpenHeM Ypaie H. bretschneideri oOMIIBHO IIBE-
TeT, HO BCXOXECTh €€ CeMsiH B J1abopaTOpPHBIX
yclIoBUSX cocTaBisieT Bcero 37%. B ycnoBusix bo-
taHn4eckoro caaar. Kuesa (Kopkynenko, 2013) ceme-
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Ha MHTPOLYLMPOBAHHBIX TOPTEH3UIA UMEIOT BBICOKYIO
BCXOXECTh M He HYXKIAIOTCS B IIPEAIIOCEBHOM TOATO-
TOBKe, JJabopaTopHast BCXOXEeCThb UX mocThraeT 99.3%.

JlaHHBIX TTO OCOOEHHOCTSIM pOCTa U MOP(OJIOTUHU
MPOPOCTKOB W IOBEHWIBHBIX PACTEHUI TOPTEeH3Uit
MPU MHTPOAYKIIMU B JIUTEpaType HeT. MimeloTcs He-
KOTOpBIE TaHHBIC TI0 U3YYEHUIO MOP(OIOTUU U OH-
ToreHe3sa 1iBeTKOB ropTeH3uii (Roels et al., 1997; Huf-
ford, 2001).

M.T. Masypenko u A.Il. Xoxpsikosa (1977) usy-
YaJIi 0COOEHHOCTH MPOPACTAHUS CEMSTH U Pa3BUTUS
CEsIHLIEB TOPTEH3UM KpyImHOJIUCTHOM (H. opuloides)
B €CTECTBEHHBIX MECTOOOUTAHUSIX B OKPECTHOCTSIX
r. barymu (I'py3usi); B MX OonMCaHUSIX OTCYTCTBYET
nHGOpMaLIMs O XapakKTepe pocTa MPOpPOCTKOB. JlaH-
HBIMM aBTOpPaMU YCTAHOBJIEHO, UTO B CUCTEME ITOOe-
roB (h)OPMUPOBAHUSI MOKET PA3BUTHCS A0 6 MOPSIKOB
1Mo0eroB, MPU 3TOM OCHOBHOM IIUKJI TPOXOAUT BCETO
3a 3, pexe 4 roga. Ero nepuonsr:

1. Poct noGera ¢pbopMupoBaHUsI U ITOOETOB BETB-
JIEHUSI TIepBOTO MopsifKa (MepBblii To XXU3HU, pexke —
HA4ajio BTOPOTO rofia).

2. Pa3BuTuHe 1Mo6ETOB BETBICHUS MIEPBOrO-BTOPO-
ro, pexXe TPETHETro MOPSAAKOB (BTOPOIL IO XKU3HM).

3. OTMupaHKe BepXyIIKN CUCTEMbI T00eTOB (pop-
MUPOBaHUS, Pa3BUTHE U OTMHpPaHHUE ITOOETOB BETB-
JICHUSI TPETbEro-1ecToro IMOpsiAKOB (TpeTuii-yer-
BEPTHIM IO XKMU3HM).

Takum o06pa3om, YHUCIIO TTOPSIAKOB MOOETOB 31eCh
GOJIbIIIE, YEM YHCJIO JIET OCHOBHOTO 1IMKJIA. DTO CBSI-
3aHO, OUEBUIHO, C 60JIee IJTUTEIbHBIM ITIEpUOIOM Be-
reTallMy B YCJIOBUSIX TEIJIOTO KjIMMaTa 1, Kak CJIe]l-
CTBHUE, 3aKJIAJKOI M POCTOM OOBIIET0 KOJIMYECTBA
noyek u 1mobderos (MazypeHKo, X0oxpsiKoB, 1977).

AHanm3 TuTeparTypsl 110 TeMe JaHHOI paboThI MO-
Ka3BIBaET, UTO OMOJIOrMIecKrue 0COOEHHOCTU NHTPO-
JIyLMPOBaHHBIX BUAOB TOPTEH3MWIA M3y4YaliMch Ha Oa3e
KOJUIEKIIMiT KPYITHBIX O0TaHMYecKuX canoB B Poccun
(r. Mocksa) u Ykpause (r. Kues). CBeneHust o 6mo-
JIOTMY BUJIOB TOPTEH3UI B IPYTUX peTUOHAX HOCST HE
IOJIHBIN ¥ OTPEIBOYHEIN xapakTep. MHbopMalLu 1mo
KyJIbType ropTeH3uii Ha Ypaje (B T.4. Ha FOxHoM Ypa-
se) u B [Ipuypanbe mpakTU4ecKu HeT. ACIIEKThI OHTO-
reHe3a BUIOB TOPTEH3UI B KyJIbType KaK B 3apyOexk-
HOI, TaK U B OT€UYECTBEHHOI JIMTEpaType HE OCBEllIe-
Hbl, a WMMEHHO: OTCYTCTBYyeT IIOJIHO€ OIMCaHUe
OHTOT€HETUYECKOIO Pa3BUTUSI TOPTEH3Mii, HET HaH-
HBIX 110 MOP(OMETPUUECKIM IapaMeTpaM pacTeHUIA B
KakJIOM BO3PAaCTHOM COCTOSIHUM, HE BBISIBJICHBI OCO-
OCHHOCTU WHAMBUAYAJBHOIO Pa3BUTUS Ha KaXKIOM
Tarie OHTOreHe3a. DTO OOYCIOBIMBACT HEOOXOmM-
MOCTb O0OOILIEHUSI CYILIECTBYIOLIMX JAHHBIX, a TAKXKe
VX YTOYHEHUS U AeTaau3anuu. TakuM oopa3oM, akTy-
aJIbHOCTh M HOBM3HA MPENCTaBICHHBIX PE3YJIbTaTOB
oueBuaHa. Lleab naHHOIT pabOTHI — U3YYUTh U OIIMCATh
HavaJbHBIC 3TaIlbl OHTOreHe3a MpeacTaBUTEICH poaa
Hydrangea B ycinoBusx KyJbTypbl B bamkupckom

IIpenypanbe. B cooTBETCTBIM C 3TOM IETBIO OBIIIN MO-
CTaBJICHBI CJICAYIOLINE 3a1aUM:

— OIIPCACINTb OTallbl BUPTMHUJIBHOI'O BO3pacT-
HOI'0O COCTOAHUMA N3Yy4a€MbIX BUIOB TrOPTCH3UU

— OIMUCaTh IPU3HAKU, XapaKTEePHBIE TS KasKA0IO
aTarna;

— oXapakTepu3oBaTh MOpGOJOornyecKre mnapa-
METpPhI pACTEHUI Ha KaXKIOM 3Tarle pa3BUTUS;

— BBISIBUTH OCOOEHHOCTH pa3BUTUA M3YYCHHBIX
BMOOB Ha HAYaJIbHbIX 93TallaX OHTOICHE3a.

MATEPUAJIBI U METOJ bl

HccnenoBaHUs MPOBOAMINCH Ha 6a3¢ KOJUICKITHT
ropteH3uii KOxHO-YpanbcKoro 60TaHMYECKOTO Ca-
JITa-uHCTUTYTa Y OUMCKOTO (henepaabHOIO UCCISI0-
Batesabckoro neHtpa PAH (IOYBCU YOULL PAH) B
nepuog ¢ 2007 mo 2015 romer (Myp3adynarosa, I1o-
JIsikoBa, 2016). O6beKTaMu UCCIEOOBaHUS SIBIISIJIUCH
6 BunoB u 1 monBua pona Hydrangea, mpouspacTaio-
II1e HA KOJUIEKIIMOHHOM yJacTKe JeKOPaTUBHbBIX Ky~
cTapHUKOB (PpyTULIETYME):

Iloncekuus Americanae
Bunpi: ropreHsus apeBoBunHas (H. arborescens 1.);

ropreH3us ayauctas (H. arborescens subsp. radiata
(Walter) McClintock);

ropteH3us neneawHas (H. cinerea Small).
Iloncexuus Heteromallae

Bunpl: ropTreH3us Metenbuatast (H. paniculata Sie-
bold);

ropreH3usi IouBoriokpoBHass (H. heteromalla
D. Don);

ropreH3uss bpermHeiinepa (H. bretschneideri
Dippel);

TOpPTEH3Us 30JI0TUCTOXWIKOBasA (H. xanthoneura
Diels).

Kimmarudeckue yciioBus paitoHa MCCIIeT0OBaHUIA
WMEIOT CBOM OCOOEHHOCTM U OTJIMYMS OT YCJIOBUIA
€CTeCTBEHHOT0 Mpou3pacTaHusl ropTeH3uit. Kinumar
Bamkupckoro I1penypanbss KOHTUHEHTAIbHBIIA 1 Xa-
paKTepU3yeTCs XOJOAHOW 3MMOM M TEMJIbIM JIETOM,
OOJBIION aMITIUTYION KOJieOaHU TemrmepaTyphbl B
Te4eHHUE Tola, pAaHHUMH OCEHHUMHU 1 MO3THUMMU Be-
CeHHMMU 3amMopo3KkaMu. B r. Ya cpemnemHoroier-
HsISI TeMIlepaTypa Bo3ayxa cocTtapisieT +3.4°C, cpen-
Hsis1 TemmepaTrypa sHBaps —13.5°C, aGcomoTHBIA
MUHUMYM gocturaeT —48.5°C, 3uMoii HepeaKHn OT-
Terear, 0e3MOPO3HbBIN MEePUOo JIUTCS B CpeaHEM
144 nuas. CpenHsis TemriiepaTypa utons +19.5°C, abco-
JIIOTHBIIA MaKCUMYM 3aduKcupoBaH Ha ypoBHe +40°C.
Kinumar moctatoyHo BJIaXXHBIA: CpeTHET0I0BOE KO-
JdecTBO ocagkoB cocTasisieT 500—590 MM, B T.4.
okoJ10 350 MM B TeIUIbIi epuo (MAKCUMYM IIPUXO-
JIUTCS HA UIOHb—MU10JIb). CHEXXHBIN ITOKPOB YCTaHAaB-
JIMBaeTCs B HOSIOpe U IEPKUTCSI B cpemHeM 155 cyt
(Ilyrenuxun u ap., 2017).
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Kaxk u3BecTHO, B OHTOTE€HE3€E PACTEHUIA BHIIEISIIOT
4 nepuona (Cepebpsikos, 1952, 1964; YpaHos, 1967;
Borchert, 1975; Hackett, 1985; PexomeHmanuu mo
M3Y4YeHHI0 oHToreHesa.., 1990; Donovan, Ehleringer,
1991; Paiva, Machado, 2006; Wang et al., 2011; Albert
et al., 2012):

— JIATeHTHBIA (COCTOSTHUE CEMEHN);

— BUPTUHWIBHBIN (BKITIOYAIOIIMI 3TAalbl TPO-
POCTKOB, IOBEHWJIBHBIX, MMMaTYPHBIX M B3POCIBIX
BereTaTMBHBIX PACTCHUIA);

— TeHepaTUBHLINA (3Tallbl MOJIOIBIX, CPEIHEBO3-
PACTHBIX M CTAPbIX FTeHEPATUBHBIX PACTCHUI);

— CEHWIbHBINM (CyOCEHMJIbHBIIT M CEeHWJIbHBII
3Tamnsbl).

HOCKOHBKY TOPTCH3UU ABJIAIOTCA AOPEBECHBIMU
JOJITO2KMBYIIUMU PpACTCHUAMM, Mbl B HAIlIMX UCCJIC-
JOBaHUAX OIrpaHUYNINCH OITMCaHMEM 3TAIlOB BUPIM-
HMWJIBHOTIO n€pruoaa.

B uccnenoBanusax 6bUIM 3ameiicTBOBaHLI 0 30 9K-
3eMILISIPOB KaxKIOro M3ydyaeMoro TakcoHa. Bce oHU
OBUIU 3TUKETHUPOBAHBI, Kaxable 7 THe (pUKCUpoBa-
JIMCh U3MEHEHUS] UX YacTeil 1 OpraHoB B IIpoliecce
pa3BUTHSI, OTMEYAINUCH TIPU3HAKU Mepexoaa OJHOIO
3Tara BO3pacTHOI'O COCTOSIHMS B Apyroii. Jist mpoBe-
JIeHUST 3aMepoOB MOP@OJIOTMYECKUX MHapaMeTPOB U
U3YYEHUSI CTPOCHUSI KOPHEBOM CHCTEMbI PAaCTeHMIA
Ha KaXkJIOM 3Tare BBIKaIbIBaJIUCh MOACIbHBIE pacTe-
HUSI, KOTOpble poTorpadrpoBaICh WA 3apUCOBbBI-
BaJIUCh.

Crarrctideckast oopaboTKa JaHHBIX TPOBOAMIIACH
¢ MOMOIIIBIO TTakeTa aHam3a Microsoft Excel u cratu-
CTUYECKMX ITporpamMM Statistica 6.0; Statistica 10.

PE3VJIBTATBI 1 OBCYXIEHHWE

AHamM3 pocTa U pa3BUTHUS TOPTEH3WI TIPU TPYH-
TOBOM IIOCEBE TIO3BOJIMJI OIMMCATh 4 3Taria BUPTU-
HUJIBHOTO BO3PAaCTHOTO COCTOSIHUSI: TIPOPOCTKHU,
OBEHWJIbHBIE, UMMATYpPHEIE W B3POCJIbIe BereTaTUB-
HBIE pacCTeHMUSI.

IIpopocrok (plantules (I'opbiiinHa u ap., 1988)).
CocrostHIEe TIPOPOCTKOB OIIPEAEIISICTCS C MOMEHTA I10-
SIBJICHUS CEMSIIOJIEN 10 NX OTMUPAHUS WM XK€ IO MO-
MEHTAa MOSBJIEHUS MEPBOM Mapbl HACTOSIIMX JHUCTHEB.
Y IpopOCTKOB M3yYE€HHBIX HAMU BUIOB TOPTEH3UIT Ha-
0OI0IaIach CAeAyloNas O9epeIHOCTh Pa3BUTHS. POCT
IMEPBUYHOIO KOPEIIKA > POCT TMIIOKOTUIIS > BBIHOC
CeMSI0JIE > pa3BopauyuBaHuE CEMSIOJEN > POCT ce-
MSIIOJIEN > Hadyalo pocTa MOYEYKHM > pa3BopauyrBaHUE
U POCT TI€PBOIi ITapbl HACTOSIIIMX JIUCThEB (puc. 1, 2).

Ha sTtoM 3Tame y HEKOTOpBIX IIpelcTaBUTeEsCH
noxacekuun Heteromallae HaGmomaIuch OTKJIIOHEHUS
B CTOPOHY YBEJIMYEHUS KOJIUUECTBA CeMSIIoIei (Imo-
JIMKOTHUJIMSI) OOBIYHO 110 3-X (puc. 3).

Hauaso pocta kopHeii 1-To ropsiaka mpoucxXoauT
Ha CTaIny pocTa cemsimoseii. B mepron hopmupona-
HUS TTOYEYKH TTPOPOCTKM MMEIOT TJIABHBII KOPEHb 1
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Puc. 2. Bexonnl H. xanthoneura.

Puc. 3. ITonmukoTwims y IpopoOCTKOB TOPTEH3M I TTOJCEK-
uuu Heteromallae.
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Tab6auna 1. OcHoBHBIE (ha3bl pOCTa U Pa3BUTHUS TIPOPOCTKOB TOPTEH3U (B IHSIX OT HaYaja IpopacTaHusl)

Bun Havano pocra OxoHuYaHuE YCLIxaHI/Ie:
1-11 maphl JINCTHEB | 2-11 Maphel IUCTLEB | 3-ii maphl TUCThep | POCTa CEAHIA CeMANOIEN
Toncexuust Americanae
H. arborescens 13+ 0.17 24 +0.42 40 + 1.32 —* 70 £ 1.16
H. cinerea 14 + 0.56 31+ 1.64 40 £+ 1.59 —* 70 £0.69
H. arborescens 19 + 0.47 35+ 0.40 43 +0.32 o 75 + 1.91
subsp. radiata
TMoncexuust Heteromallae
H. paniculata 22+0.48 27 £0.29 35+0.35 92+0.23 77 £0.39
H. bretschneideri 12 £0.16 18 £ 0.42 32+0.29 108 £ 1.32 57 £0.96
H. heteromalla 12+0.13 17 £ 0.58 32 +£0.25 107 £ 1.26 56 £ 0.88
H. xanthoneura 12+0.15 25+ 0.87 39 £0.97 97 £ 0.86 71+0.93

HpI/IMC‘{aHI/Ie. *— Y JAaHHBIX BUIOB €CTeCTBEHHbIN POCT B KOHIIE€ BETCTALIMOHHOI'O I€puroga HE 3aBCPUICH, CCAHILbI YIIIJIN 1104 3UMY C

HechOPMUPOBAHHOM MOYKOM.

Tabauna 2. BbicoTa OMHOJIETHUX CESTHIIEB U IJTMHA LIEHTPAIILHOTO KOPHSI

Cpe)lHee KOJIMYECTBO

HasBanue Buna .
MEXIOY3JIUIA, IIIT.

TMoncexuus
H. arborescens 3.7+0.18
H. arborescens subsp. radiata 1.7 £0.21
H. cinerea 1.7 £0.13

H. paniculata 2.3+0.10
H. bretschneideri 2.0x0.14
H. heteromalla 1.6 £ 0.13
H. xanthoneura 1.6 £ 0.15

[Moncexuus Heteromallae

CpenHsist BBICOTa, CM Cpenusa JiHa
LIEHTPAJILHOTO KOPHS, CM
Americanae

3.9+0.34 3.2+0.15
2.1 £0.07 9.5+1.2

2.0+ 0.16 4.8 +0.38
1.7 £ 0.09 4.7+0.32
1.2 £0.12 9.7 £ 0.60
0.8+0.04 12.6 £ 0.37
0.6 £ 0.12 6.8 £0.21

HECKOJIbKO OOKOBBIX KOPEIIKOB. [ MTTOKOTUIIb TOJIbIA,
BHayaJie OeJIoBaThIi, 3aTEM ITOCTEIIEHHO IIPHUoOpeTaeT
3eJIEHYI0 OKpacKy. JJJInHa TMIMOKOTWIS MTpencTaBUTe-
Jieit noncekuuu Americanae no 0.4 cM, a 'y IpopocT-
KoB u3 noacekuuu Heteromallae — no 0.2 cm. Cemsi-
JIOJIbHBIE JIMCThSI CBETJIO-3€eJIeHbIe, TOJIbIE, C €JIe 3aMeT-
HOI LIEHTpaJIbHOM XKWIKOM. Bepxylika ceMsimoabHbIX
JIMCTBEB CESHIEB Yy TIpeACTaBUTENEN TOACEKINN
Americanae okpyrias, a B moacekuuun Heteromallae
cJieTKa 3a0CTpeHHasl. Y mpeacTaBUTesIeid MOICEeKIIUU
Heteromallae Mexnoy3nusi yKOpPOUEHbBI, pPacCTOSIHUE
MeXAy HUMM cocTapiisieT 10 1.5 mM. TIpomomkuTens-
HOCTb XM3HU CEMSIIOJIbHBIX JIUCThEB COCTABJISIET B
cpenHeM oT 56 nHeit (H. heteromalla) no 77 nueit (H. pa-
niculata) (tabjn. 1). OkoHUYaHME BereTaliy CEsHIICB
Ha TIepBOM IOy XXKW3HU 3HaMEHYyeTCs 3aKJaaKoi
anvKaJabHON TOYKM M 3aBeplleHWeM pocTa Tobera.
CestHIBI BUIOB U3 mnojacekiuu Americanae (H. arbo-
rescens, H. cinerea, H. arborescens subsp. radiata) He
yCIeBalOT 3aKOHYMThH BereTalyio u copMUpoBaTh
arnuKaJIbHYIO TTOYKY, HO CEMSIOIbHBIE JIMCThSl Y HUX

YCBIXalOT ¥ ONAfaloT TaK Xe, KaK y BUIOB U3 JPYroit
MOICEKLINU.

MuHUMaJILHOM BBICOTOM OCEBOro mnoodera OTJIM-
yaroTcs cestHubl H. xanthoneura (Tabi. 2), a MakcU-
ManbHOI — H. arborescens, y KOTOpOit OTMEYEHO HaW-
OoJiblliee KOIMYEeCTBO MeTaMepoB. K KOHIy ce30Ha
oceBasl 4acTh I1o0era omgpeBecHeBaeT. B masyxax ce-
MSITOJIBHBIX INCThEB U HIKHEN! Maphl TUCTHEB 3aKJla-
JIIBIBAIOTCS TTOYKHM BO30OHOBJICHMS. [ JTaBHBIN KOpeHb
“MeeT HauMeHbIIni pasmep y H. arborescens (B cpel-
HeM 3.2 cM), a caMblil IJIMHHBIN y H. heteromalla (B
cpenHeM 12.6 ¢cM), ¢ pa3sBUTHEM HAI3eMHOI 4acTH
IIPOPOCTKOB YBEJIMYMBaIOTCSI O0OKOBBIe KOopHU. [lep-
BbI€ HACTOSIIIIVE JIUCThS CESTHILIEB UMEIOT SJUIUTITHYEC-
CKYIO U SIAIIEBUIHO-TIPOAOJITOBaTYIO (hOpMY JIMCTOBOM
iacTUHKM. OKpacKa JIMCThEB CBEPXY SIpKO-3eJIeHasd,
CHU3Y — CBETJIO-3€eJIeHasl.

IlepBasg mapa IUCTbEB C MaKCUMaJIbHBIM pa3me-
poMm 3acukcupoBaHa Hamu y H. bretschneideri, a ca-
Mast Melikasd — y H. paniculata. HanGonee xpymHas
BTOpas Itapa JUCTheB oTMeueHa y H. heteromalla, a
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Tab6auua 3. CpenHue 3HaueHUST MOP(HOMETPUUECKUX TTApaMETPOB U UX U3BMEHUYUBOCTh Y 2-JIETHUX CESTHIIEB (IOBEHUJIb-

HBII TTIeproI) rOpTeH3U

CpenHss BEICOTa CpenHss IIMHA HCHI;?;[:;’; ﬁgﬁ:}iﬁ; K(Si’fj;iio
Haspauue Brma pacreHust 0CEBOTO KOPHSI et o
pbicota,cM | CV, % | wmna,cm | CV, % |amamerp, mm| CV, % |NOOEros, mir.
IMoncekuus Americanae
H. arborescens 13.0 £ 0.63 16.8 15.8 £ 0.6 11.7 3.5%+0.16 20.9 04+0.2
H. cinerea 10.8 £0.83 22.4 176 £0.9 17.2 3.5+0.21 32.4 0
H. arborescens subsp. radiata | 13.9 £ 0.99 28.1 15.4 £ 0.7 15.1 3.7+0.20 14.1 0.5£0.2
IMoncekuus Heteromallae
H. paniculata 12.8 + 1.35 23.0 9.8+0.3 10.6 2.5+0.28 39.5 0
H. bretschneideri 10.0 £ 0.79 34.2 125£0.6 16.7 3.9+0.19 22.4 0
H. heteromalla 10.6 £ 0.7 7.0 15.7+£0.3 12.4 3.7+0.21 194 0
H. xanthoneura 12.8 + 1.78 61.0 14.8 £ 1.10 24.9 3.8+0.24 17.6 0

MUHUMAJIbHBIA pa3Mep JIMCTOBOM IUIACTUHKU BTO-
poit mapsl Takke y H. paniculata. KopHeBast cucrema
OIHOJIETHUX CESHIIEB XapaKTepU3yeTcs YIITUHEHIEM
[JIABHOTO KOPHSI M YBEIMYCHUEM KOJIMYECTBA OOKOBBIX
KopelnKoB. Hanbo:b1ieit BEICOTOI B IEpBHIi TOI K3~
HU XapakTepusoBanuch H. arborescens (3.9 cM B cpen-
HeM) U H. paniculata (2.3 cMm), HauMeHbleit — H. het-
eromalla (0.8 cM B cpemHeM) u H. xanthoneura (0.6 cM).
MaxkcuManbHBIM OUaMeTp CTBOJMKA Y KOPHEBOM
meifiku ormeueH y H. xanthoneura, H. heteromalla n
H. bretschneideri (01 2.2 00 2.6 MM), MUHUMAJTbHBII —
y H. cinerea (1.6 MMm). CBsI3b MEXIY BBICOTOM pacre-
HUI 1 IMaMETPOM CTBOJIa yMepeHHasi OTpULIaTeIbHAs,
koaddunmenT Koppeisitun ¥ = —0.52 (p < 0.05). duc-
MEPCUOHHBIN aHAINU3 TT0Ka3aJl, YTO BUIIbI TOPTEH3UNU
pa3uyaroTcs yKe Ha HavaJbHBIX 3TallaX OHTOIeHE3a
KaK II0 BBICOTe omHoeTHUX cesHieB (F = 81.900; p <
<0.001), Tak 1O HIWHE LEHTpaJILHOTO KOpHS (F =
=45091; p <0.001).

IOBenmubabie pactenusi (juvenile plants (Hackett,
1985; Popov et al., 2004)). JlaHHBII1 3TaIl IJIMTCS C
MOMEHTa pa3BoOpauYMBaHUs BTOPOM Hapbl HACTOSIIIAX
JIMCTheB o Havana BeTrBieHUs (CepeOpskoB, 1952;
PexomeHmaluu mo u3ydeHUo OHTOreHesa..., 1990).
¥ npencraButesieit 06enx NOACEKIU MepBbie HACTO-
SIIIIYE JIUCTOUYKH ITOXOXH Ha JIUCThS B3POCIIBbIX pacTe-
HUIi, HO MEHBIIIETO pa3Mepa U UMEIOT 0oJiee peaKoe
OIyIIIEHUE;, pa3Mep JIMCTOBBIX IUIACTUHOK YBETNYU-
BaeTCS MPOIMOPLIMOHAIBLHO BLICOTE CesTHIIEB. B aTOM
BO3pPaCTHOM COCTOSIHUM HaOII0JaeTCsi POCT SIIMKO-
TUISI CeSTHLIEB MOACEKUUU Americanae, TOCaen0Ba-
TeJIbHOE pa3BoOpauyMBaHUE U POCT 3-T0, 4-TO U IOCIe-
JIYIOIIMX HACTOSIIMX JUCThEB, IpeKpalleHue pocTa
CEeMSIIONIbHBIX JINCTLEB, TPEKpallleHe alMKaJIbHOIO
pocta 1 GOpMHUPOBAHNE TEPMUHATHLHOM MTOYKH (TOIb-
KO y BuaoB mnoacekuuu Heteromallae, B moncexuuu
Americanae TepMUHaIbHAS TIOYKA HE 3aKJIaIbIBACTCS ),
U3MEHEHUEe OKPACKU CeMSIIONCH, OTMUpaHUE U OTazie-
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HUE UX, IpeKpallecHue paauajJbHOIO POCTa CESTHIICB.
IOBeHUITBHBIE pacTeHUsI UMEIOT MOHOITOAUAILHO (O]I-
HOOCHO) pacTyIlIuii Mooer, KopHeBasi CUCTEMa COCTOUT
M3 TJIABHOTO 1 OOKOBBIX KOPHEIA.

B roBeHUIBHOM BO3pacTte (BTOPOIA ToJl XKU3HM) ca-
MBbI€ BBICOKME CesHIIbI 3adukcupoBaHbl y H. arbo-
rescens n H. arborescens subsp. radiata (13.0 u 13.9 cm),
Hawumenbinit mokasartenb 3aduKkcupoBaH y H. bret-
schneiderin H. heteromalla (10.0 u 10.6 cm) (Tabin. 3),
K03 GUIIMEHT Baprallii BLICOTHI BUIOB KOJIEOIeTCS
oT 7 go 61%. Haubomnplinii juaMeTp CTBOJIMKA 3a-
dukcupoBan y H. bretschneideri (3.9 mm), a Hau-
MEHbIIUI mokazateab — y H. paniculata (2.5 Mm).
CBS$13b MEX1y BBICOTOM pacTeHUI U IUaMEeTPOM CTBO-
JIa yMEPEHHO IOJI0XHUTeIbHAsI M KO3(hOUIIUEHT KOp-
pemsiuuu r = 0.35 (p < 0.05). CoxpaHsieTcsi U pa3BU-
BaeTCsl OCEBOI KOpPeHb, TaKxXKe HaOJI0AaeTCsl YBEIM-
YyeHre KOJIMYeCcTBa OOKOBBIX KOpHei 1m0 4—5-To
nopsinka (puc. 4). Bunsl, Bxoasinue B ITOACEKIINIO
Americanae, B yclOBUSX OOTaHMYECKOro cajga He
ycneBaioT (OpMHUPOBATh BepXyIIeYHBIe MOYKH (0e3
KPOIOILINUX YeIlyii) M KOHYMKU IT00ETOB 3aChIXaloT
WX OOMEpP3aloT U Y HEKOTOPBIX CESTHIIEB Ha BTOPOM
romy HauMHaeTCcs BeTBIeHUE. JAucIiepCMOHHEBIN aHa-
JIM3 MOATBEPKIAET, YTO Ha CTaAUX IOBEHUJIbHBIX pac-
TeHUI CESHIIbI TOPTEH3UN TakxKe MMEIOT pas3inyus
o BeicoTe (F'= 2.59; p < 0.001) u muHe LeHTpaIb-
Horo KopHs (F= 17.256; p < 0.001).

Hmvmatypubie pactenusi (immature plants). DTot
9Tan Ha4YMHAaeTcsl ¢ BeTBAeHUs1 cessHleB (Cepebpsi-
KoB, 1952; PexoMeHmaumy mo U3y4eHUIO OHTOTeHEe-
3a..., 1990) u aBisieTcs nepexoaAHbIM OT IOBEHMJIBHBIX
paCTEeHUI K B3POCIIbIM BEreTAaTUBHBIM. ¥ HEKOTOPBIX
CesIHIIEB TOPTEH3UIA BETBIICHUE HAYMHAETCSI BO BTO-
POM BETE€TallMOHHOM CE€30H€; MO HalllMM HaOIt01e-
HUSIM, KOJIMYECTBO OOKOBBIX BETBEll CEsIHIIEB pa3-
JIMYHO B 3aBUCHUMOCTH OT IIPUHAIIEKHOCTU K IO/ -
cekusM (Tadi. 4). Y BUIOB TOPTEeH3UI UMMAaTypPHBII
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Puc. 4. Dtanbl BUPrMHWIBHOTO BO3PACTHOTO COCTOSIHUS
BUIOB TOPTEH3UIA: IPOPOCTKYU (1, Py, P3, P4), IOBEHUIIb-
Hble (j), UMMaTypHBbIe (im) U B3pOCIIbIe BETETaTUBHBIE (V)
pacTeHMsl.

BO3pacTHOI TepuoJ B OCHOBHOM HayWHaeTCs Ha
TPeTheM Tolly XKU3HU. Y MpeacTaBuTelieit 00enx momi-
cekurii Habmonaetrcss GoOpMUPOBAHUE U POCT OOKO-
BbIX T100eTOB (puc. 4) HanboJbllIee KOJUYECTBO KO-
TOpbIX Habmonaercst y H. arborescens subsp. radiata
(Taba. 4), HeOOJMbIIOE KOJIWYECTBO UX Y BUIOB H.
bretschneideri v H. heteromalla. KopHeBas 1ieiika y

BCEX CESHIIEB YTOJIIIAETCS, MAaKCHUMAaJIbHBIN IIPHU-
poct otmeueH y H. bretschneideri (6.8 MM), MUHU-
MajbHbllt — Yy H. cinerea (5.1 mm). B aTOM BO3pacTte
POCT LIEHTPaIbHOT'O KOPHS y BCeX BUAOB 3aMeIsIeT-
cs1, HaOMIogaeTCs YTONIIeHUEe LIEHTPaJIbHOTO U 00-
KOBBIX KOpHEIl 11 YBEeJIMUCHNE KOJIMYESCTBA OOKOBBIX
KopHeii. Ha TpeTbeM romy XKM3HHM POCT OCEBOTO I10-
Oera MpoaoIKaeTCsl, U TPEXJIETHUE CESIHIIbI TOPTEH-
3UI JOCTUTAIOT BBICOTHI 17.2—61.6 cM 1 5.3—6.8 MM B
IraMeTpe y KOpHeBoM 1eiiku (Tadi. 4). Makcumanib-
HOI BBICOTBI B ®TOM BoO3pacTe gocturiu H. arbo-
rescens (65.8 cM 'y oTHeIbHBIX 0cobeit) u H. bretschnei-
deri (61.6 cM), HaMMEHBILWI TTOKa3aTeab 3a(UKCH-
poBaH y H. paniculata (17.2 cMm) u H. xanthoneura
(24.5 cm). AnuTeabHOCTh UMMATYPHOT'O BO3PaCTHOTO
COCTOSIHUSI Y BUIIOB TOPTEH3UI COCTABISIET OOBIYHO
OIVH TOf.

VY eIMHUYHBIX CESHIIEB, OCOOEHHO B ITOACEKIINU
Heteromallae, Habmonajcss yCKOPEeHHBIN TEMIT pas3-
BUTHUSI, KOTOPBIA MPUBOAUI K MEPEXOIy CESTHIIEB B
TeHEepaTUBHOE COCTOSIHIE U K MOSIBJIEHUIO 3a1[BETAI0-
mux 1oBeHWIbHBIX (H. paniculata) n MMMaTypHBIX
(H. xanthoneura) pacTeHUIA.

JducnepcuoHHbII aHaIN3 MOKAa3aJl, YTO Ha CTaIuN
MMMATYPHBIX pacTeHU BUAbl TOPTEH3UIl WMMEIOT
paznuuus o Beicote (F=18.143; p <0.001), B TO Bpe-
MsI KaK pasjiMduii 1o JJIUHE LEeHTPAJTbHOIO KOPHS
yxe He otMmeudaercs (F= 1.500; p = 0.186).

B3pocibie BereraTuBHble pactenus (adult phases of
vegetative development in plants (Wang et al., 2011)).
B aTOT 3Tan pa3BuTus cessH1bl BUAOB FOPTEH3U Me-
pexonsT Ha 4—5 ron xu3Hu. Ha mepBuyHOM KycTe
pPa3BUBAIOTCS MEPBbIE POCTOBbIE TTOOETU BHICOTOI OT
13.5 mo 37.9 cm (Tabi. 5), OHM SIBJISIIOTCSI TToOeraMu
¢dopmupoBaHust (Ma3ypeHko, XoxpsikoB, 1977; Yy-
6app, 2013); mpu 3TOM HAOIIOMASTCS KYIIIEHUE pacTe-
HU. Y nipeacTaBUTeNIei 00enX IMOICEKIUIA B OCHOBA-
HUU IJIaBHOTO nmoGera Hajl MOYBoii (a3pOKCUIIBHO) 13

Taomuuna 4. CpegHue 3HaYeHUST MOPOOMETPUIECKUX TTapaMeTPOB M UX U3MEHYMBOCTD Y CESTHIIEB B UMMAaTypHOM BO3-

PaCTHOM COCTOSAHNU

CpenHsist BRICOTa CpenHss IImHa Cpenmss BCHW{HH% KolIu4ecTso
nraMeTpa KOpHeBOI
Bux pacTeHus 0CEBOTr0 KOPHS eiiK GOKOBBIX
no0Oeros, IIT.
Beicota, cM | CV, % | mmua,cm | CV, % | mmamerp,mMm | CV, %
TMoncexuust Americanae
H. arborescens 65.8 +2.39 19.0 15.8 £ 3.1 16.8 5.9 £0.31 17.9 1.9 +£0.3
H. cinerea 53.9 £ 3.60 19.9 143152 34.3 5.1+0.21 10.4 1.7+ 0.4
H. arborescens subsp. radiata | 40.2 £ 6.64 42.0 16.1£4.1 26.4 6.2+0.42 27.8 20£04
[Moncexuus Heteromallae
H. paniculata 17.2 = 1.80 11.7 12.4+4.2 31.8 54+0.38 24.3 1.7£0.3
H. bretschneideri 61.6 +5.59 56.9 13.4+3.2 23.7 6.8 +0.30 28.0 0.9+0.2
H. heteromalla 52.7 +6.39 30.9 15.5+4.5 29.3 6.2 +0.47 14.9 0.9+0.2
H. xanthoneura 24.5 £ 3.70 44.4 13.6 54 39.6 5.3+0.48 31.2 1.7 £0.1
OHTOTEHE3  Tom 52 Ne 2 2021
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Taoauuna 5. KonmmaecTBo v BBICOTa ITOGETOB Y B3POCIIBIX BETETATUBHBIX PACTEHUI TOPTEH3UIA

HaszsaHue Buna

Bricora moberoB, cM

KonuyecTBo 1Mo6GeroB, IIT.

cpengHee min max

TMoncexuust Americanae
H. arborescens 36.0 £ 5.61 10.3 59.5 2
H. cinerea 37.9 +£3.76 15.0 53.6 2
H. arborescens subsp. radiata 27.9 £ 4.01 10.5 60.2 2

TMoncexuust Heteromallae
H. paniculata 13.5£2.77 5.6 23.0 2
H. bretschneideri 14.7 £ 1.15 9.0 23.7 2
H. heteromalla 16.3 + 10.5 9.0 23.0 2
H. xanthoneura 18.5+ 1.88 10.5 35.6 2

CIISIIMX MOYeK (ITOYKM BO300OHOBIIEeHMsI) (pUC. 5) Ha-

YUHAIOT pacTU IMo0ery; B aJbHEHIIIEM ITOSIBIISTIIOTCST  (pucC. 5).

u mnoberu us IIOA3€MHBIX ITOYEK (aBpOKCI/IJILHO—

reokcuibHble) (Kampanosa, 1980; Tuimienko, 2004)

Camast 6osb111as1 BBICOTa MOOETOB (hOPMUPOBAHUS

(OGymy1re cKeJIeTHbIE OCH) Ha 3Talle B3pOCJIBIX BeTe-

Puc. 5. H. arborescens subsp. radiata. 1 — Hag3eMHbIe TT00ETH UK TTOOeTH (hDOPMUPOBAHUS; 2 — TTOJ3EeMHBIE MTOYKM; 3 — TIpraa-

TOYHBIC KOPpHU; 4 — raBHBII KOPC€Hb.

OHTOI'EHE3  TtoM 52

Ne 2
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TaTUBHBIX pacTeHUI orMedeHa y H. cinerea (CpemHee
3HaueHue 37.9 cMm), camble HU3KHUE TToderu opmu-
poBaHMS Ha 3TOM 3Tamne 3aUKCUpoBaHEL y H. panic-
ulata (cpennee 3HayeHue 13.5 cm) (tab6n. 5). Kommae-
CTBO 3THUX II0OETOB B IMOACEKIINUA Americanae HACYUTHI-
BaeTcs oT 1 o 2 Ha OMHOM pacTeHUM, B MOACEKIINU
Heteromallae y oTnebHBIX pacTeHUit 1T00eTH (popMU-
pOBaHUSI HE TTOSIBUJIMCH U 3TH 9K3eMILISPhI OCTAINCh B
UMMAaTYPHOM COCTOSSHUHU. Y B3POCJBIX BereTaTHUB-
HBIX pacTeHMM oOpa3zyeTcsl Macca IPUIATOUYHBIX
KOpHEN, IJIaBHbIM KOpPEeHb CO BPEMEHEM IEepecTacT
Cpeoy HUX BBIICISITHCSI M TEpSIETCS B OOIIIE Macce
KOpHeil (puc. 5).

3AKJIIOYEHUE

IIpu mM3yyeHMM HayaJbHBLIX 3TAllOB OHTOIEeHE3a
BUIOB TopTeH3uii Kojuiekuun HYBCU YOUIL
PAH BBIIBIEHBI 0COOEHHOCTH 4 3TAIIOB BUPTUHUIIb-
HOTI'O BO3PACTHOI'O COCTOSIHMSI: IIPOPOCTKM, IOBE-
HUJIbHbIE, UMMATypHBIE U B3POCJIbie BEreTaTUBHBIE
pacteHus. B cBA3M C OTCYTCTBUEM JIUTEPATYPHBIX
JIAaHHBIX 10 U3YyYEHUIO OHTOTeHE3a TOPTEH3UI B IpY-
TMX pervoHax ", ClIefOBaTeJIbHO, CPABHEHUIA, MPU-
BOISITCS Pe3yJbTaThl COOCTBEHHBIX HAOJIOIEHUIA.

MaxkcuManbHOM BBICOTOM B TIEPBBIN T'OJ KM3HU
XapakTepusyloTcst cessHUbl H. arborescens (3.9 cMm) u
H. paniculata (2.3 cm), MunumanbsHoii — H. hetero-
malla (0.8 cMm) u H. xanthoneura (0.6 cm). Cpenu
TPEeXJIETHUX CEesIHIIEB HauMeHbIllasi M3MEHUYMBOCTD
Mo BbICOTe Habmopanock y H. paniculata (17.2%);
HauOOJBIINKI ITOKa3aTeab Ko3(dduiMeHTa Bapua-
OEJIbHOCTU T10 BbicOTe oTMeueH y H. bretschneideri
(56.9%), a o naMeTpy KOPHEBOI IIEUMKN HAUMEHb-
LW TToKazaTesib 3adpukcuposa vy H. cinerea (10.4%),
MakCUMalbHbIil — y H. xanthoneura (31.2%). Makcu-
MaJBHOM CKOPOCTBIO pocTa 00J1amaroT cesTHIbI H. arbo-
rescens, MeJIJICHHeE BCEX PacTyT cestHUbl H. paniculata.

ITepexon MpopoOCTKOB B I0BEHWJIbHBLIE paCTeHUS
IIPOUCXOMUT ITOCJIE MOSBJICHUSI BTOPOil Mapbl HACTO-
SIIIIUX JINCTBEB, B CPEeIHEM Uepe3 25 THel mocie mpo-
pactaHuss. MOMEHTOM Iiepexoda OT IOBEHUJIbHBIX K
MMMAaTYypHBIM PAacTeHUSIM MOXKHO CYUTAaTh Hadajlo
BETBJICHUSI B CPEIHEN U BEPXHEM YaCTU TIEPBUYHOTO
nobera, T.e. pocT rooderos I1 mopsiaka, KOTOpbIi IIPoO-
HWCXOIUT B OCHOBHOM Ha 3 roay Xu3Hu cesHies. [1e-
PEXOJ, K B3pOC/IbIM BET€TATUBHBIM PACTEHUSIM CBsI3aH
C HayvajJoM OTpacTaHUsl IT00eroB (OPMUPOBAHUS U3
CIISIIIMX MoYeK (IMMOYKKM BO30OHOBJIEHHUSI) B OCHOBA-
HUU TiepBUYHOro mnodera (MasypeHKko, XOXpSIKOB,
1977; Yy6apsb, 2013). I1pu ganbHeiieM pocTe yBeau-
YMBAETCs pa3Mep pacTeHMI 3a cUeT KylieHus. [ 1aB-
HBIIl KOPEHb B Ha4aJjle poCcTa CEeSTHIIEB XOPOIIO BhIpa-
KEH, II0 Mepe poCTa HAYMHAET CUJIbHO BETBUTBLCS, U
TepsieTcs B O0IIei Macce KOpHEH.

BJIIATOOJAPHOCTHU

Bripaxkaem 061arogapHoOCTb KOJIeraM — COTPYIHUKAM
IOxxHO-YpasibcKoro 60TaHMYECKOTO cala-UHCTUTYTa 3a
TTOMOIIIb Y TIOIEPXKKY MPU ITPOBEICHUN UCCIISTOBAHUM 1
oopMIIeHUM 2IEKTPOHHOTO BapUaHTa CTaThu.

PMHAHCHUPOBAHHME

PaGora BeinosHeHa no Ilporpamme dyHaaMeHTallb-
HEBIX ucciaenoBanuii I[Ipesmmuyma PAH “buopasnHoobpa-
3Me MIPUPOIHBIX CUCTEM M Ouojiornyeckue pecypcol Poc-
cun” U B paMKax rocyaapctBeHHoro 3anaHusi FOYBCU
YOUII PAH o teme AAAA-A18-118011990151-7.

COBJIIIOJEHUE OTUYECKNX CTAHIAPTOB

Hacrosias cratest He COOCPKUT OIMMCAaHMA BBIIOJI-
HCHHBIX aBTOpaMu UCCJIEIOBAaHUM C ydyacTuem Jronen uinn
HMCHOJIb30BAaHUEM XKMBOTHEHIX B KaUeCTBE OOBEKTOB.
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Early Ontogenetic Stages of the Hydrangea Species
in Floriculture Conditions

F. K. Murzabulatova®- *, Z. Kh. Shigapov!, and N. V. Polyakova'

South-Ural Botanical Garden-Institute — A Separate Structural Unit of the Federal State Budget Scientific Institution
Ufa Federal Research Center of the Russian Academy of Sciences,
ul. Mendeleeva 195, building 3, Ufa, 450080 Russian,
Republic of Bashkortostan

*e-mail: murzabulatova@yandex.ru

The initial stages of ontogenesis of species of the genus Hydrangea L. were described. The studies were carried
out during 2007—2015. The purpose of this work was to describe the initial stages of ontogenesis of represen-
tatives of the genus Hydrangea under the culture conditions in the Bashkir Cis-Urals. In the course of research
work, the following tasks were resolved: the stages of the virginil age state were determined for hydrangea spe-
cies under investigation; the features characteristic for each stage were described; the morphological param-
eters of plants at each stage of development were characterized; the characteristic features of the species early
ontogenesis were revealed. Four stages of the virginil age state were described: plantules, juvenile, immature
and adult vegetative plants. The stage of juvenile plant in hydrangeas begins on average on the 25th day after
the seed germination with the appearance of the second pair of true leaves. The stage of immature plant be-
gins mainly at the age of 3 months, after the beginning of branching of the dominating shoot. The stage of
adult vegetative plant begins at the 4th—5th year with the onset of tillering and acquisition of the life form of

an adult plant.

Keywords: Hydrangea, initial stages of development, age state, plantules, juvenile plants, immature plants,

adult phases of vegetative development in plants
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BJIMAHUE NHCYJIMHOIIOAOBHOT'O ®AKTOPA POCTA ITEPBOI'O TUIIA

HA PA3BUTUE IN VITRO PMBPUOHOB MBIIIEN
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KpurokoHcepBaluio raMeT 1 SMOPHMOHOB IIUPOKO MPUMEHSIIOT ISl COXPAHEHUST TeHETUYECKUX PECYPCOB
XXUBOTHBIX. B paboTte ucciaenoBaHo pa3BuTue ApoOSIIMXcs 3MOpuoHoB Mblieil tuHuit CD1 B KyJibType
in vitro Ipu BO3IAEMCTBUY MHCYJIMHONOA0OHOro pakropa pocrta nepsoro tumna (IGF-1) mocne npouenyp
KPUOKOHCEPBAIIMU. 3apOIbIIIN MBIIIEH, MOJyJdeHHbBIE i71 Vivo Ha CTaIuK 4—6 KJIIETOK BHavajle 3aMOPaKUBaJIH,
COMIaCHO CTaHIAPTHOMY MPOTOKOJIY IIPOrpaMMHOIO 3aMOPaXKMBaHMsI ¢ MCITOb30BaHueM 10%-ro pactBopa
MPOTIWJICHIJIMKOJISI B KaYeCTBE KPUOTIPOTEKTOPA, a MOC/e OTTauBaHUS KYJIbTUBUPOBAJIY in Vifro 1O CTaguu
onactouuctel B cpene KSOM B teuenue 48 4. [lobaBieHue B cpeny st KyabtuBupoBaHust IGF-1 B KoHIieH-
Tpauuu 40 HI/MJI MIPUBOIWIIO K MOBBIIIEHUIO 10U Pa3BUBAIOIINUXCS 10 CTAAUM 0JIaCTOLIMCTHI 9MOPUOHOB
10 cpaBHEeHMIO ¢ KOoHTposeM (78.9 u 47.4% cootBeTcTBeHHO, p < 0.01). KpoMe Toro, 3aMopokeHO-OTTasTH-
HbIe 9MOPUOHBI TTocie KyJbTuBMpoBaHus ¢ IGF-1 uMenu Goibliiee YMCio KJIETOK MO CPaBHEHUIO C KOHTPO-
JieM (79.8 £ 3.9 u 58.6 £ 3.6 ki1eTOK COOTBETCTBEHHO, p < 0.001). Mexmy TeM, ypoBeHb (hparMeHTaLIH siIep He
pazIMyaICs MEXIy STUMU TPYIIIaMu 0J1acTOUMCT. Pe3yibTaThl ITpencTaBlIeHHbIX S9KCITEPUMEHTOB CBUACTEIb-
CTBYIOT O CTUMYJIMpYIolleM Bo3aeiicTBum ¢akropa pocta IGF-1 Ha pa3BuTue ApoOsIxcss SMOPUOHOB MbI-
eif B MpeMMIUTAHTAlIMOHHBIN MepUOo ITOoc)ie X KPMOKOHCEPBAIIWH.

Karoueeswie cro6a: MbIILIU, TIPEUMITJIAHTALIMOHHBIE SMOPUOHBI, KPUOKOHCEPBALUs, KyJIbTUBUPOBAHUE iK1 Vi-

tro, IGF-1
DOI: 10.31857/S0475145021020026

BBEAEHME

KpnokoHcepBalnio 6M0I0THIeCKIX OOBEKTOB U
co3maHre KpHUOOAHKOB TE€HETUYECKUX PEeCcypcoB
YCIIEIITHO MCIOIB3YIOT IUISI COXpaHEeHUs GHMopa3HoO-
00pa3usl XKUBOTHBIX; B TaKUX KpUOOAHKaX XpaHAT
CTIEPMATO30UIbI, OOLIUTHI M TPENMMILIaHTAIIMOHHBIE
aMOpuoHBbI (Agca, 2012). OnHako B mpoliecce oxJia-
KIEHWS U TMOCIEAYIOIIEero OTTanBaHUS SMOPMOHOB
HepeIKo BO3HUKAIOT KpuoroBpexaeHus (MronnHa
u ap., 2015). KynbTuBupoBaHue 3MOPUOHOB in Vitro
Tocjie  MPOIeayp KPHOKOHCEPBAIIMU ITO3BOJSET
OLICHUTH CTENEHb UX XK13HecrmocooHocTu (Brusent-
sev et al., 2014; MronuHa u ap., 2015).

CoBpeMeHHbIe TTUTaTeJIbHbIE CPEIbl IIs1 KyJIbTU-
BUPOBAHUS in Vitro PeNPOAYKTUBHBIX KJIETOK MOTYT
CWJIBHO BapbUpPOBAaTh MO CBOEMY XHUMUYECKOMY CO-
CTaBy, OCTaBasiCh MPU 3TOM CYOONITUMAIbLHBIMU 110
CpaBHEHUIO C ycioBusiMu in vivo (Aguilar, Reyley,
2005), yTO HEeraTUBHO BJIMSIET HAa Ka4ye€CTBO SMOpPHO-

HoB miekonuTatouux (Khatir et al., 2005; Brusentsev
et al., 2014). MI3BecTHO, YTO BKJIIOYCHUE OTIACILHBIX
POCTOBBIX (DAKTOPOB B COCTaB KYJIbTypaJbHOM Cpe-
Il MOXET MUHUMU3UPOBATh HeTaTUBHBIE 3(P(HEKTHI
KyJIbTUBUPOBaHUSI SMOPUOHOB in vitro (Amstislavsky
et al., 2015; bpycenues u ap., 2015).

OmHuM m3 BaXHEWIIMX POCTOBBIX (PAKTOPOB,
YYaCTBYIOIIMX B POCTE M Pa3BUTUU (DOJUTUKYJIOB U
SMOPHUOHOB, SIBJISIETCSI MHCYJIMHOIIOAOOHEIN (haKTop
pocta 1-ro Tuna (IGF-1), KoTophlii B IIepceKTUBE
MOXET ObITh MCHOJIb30BaH B KIMHUYECKOI MPaKTH-
ke. Penentopsl kK IGF-1 netekTupyorcst, HaunmHasl ¢
paHHUX CTaguii IOpOOJCHUS 3apOombIIIeii MBIIICH
(Heyner et al., 1989). B HacTosi1ee BpeMsl UMEIOTCS
JIaHHbIE 0 CTUMYyIupyioiieMm Bo3aeiictBuu IGF-1 Ha
9MOpPHUOHBI 3TUX XXKMBOTHHIX (Lin et al., 2003). OgHa-
Ko, m3ydyeHue BozaeiictBusi ¢daktopa IGF-1 Ha
SMOPHMOHBI MBIIIIEIl MOCIE IIPOLEAYP 3aMOpaKMBa-
HUS-OTTauBaHMs IPOBOIMIIM JIMIIb B IBYX MUCCIEI0-
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BaHusx (Desai et al., 2000, 2007). B mepBoM n3 Hux
y3ydajau pa3BUTHUE in Vitro TPEUMILIAHTAMOHHbBIX
SMOPHUOHOB II0CJIe UX KPMOKOHCEPBALIMM Ha CTaauu
mopyisl (Desai et al., 2000). B npyroit pabote 3T0TO
e KoJUIeKThBa aBTopoB udydanu snussaue IGF-1 na
pa3BUTHE in Vitro TpeUMILUIaHTAlIMOHHBIX SMOPHMOHOB
IocJjie X KpUOKOHCEepBalM Ha cTaguu 3uroTsl (De-
sai et al., 2007). Lleapio HaCTOSIIETO UCCICIOBAHUS
ob110 usyyeHue BaussHust IGF-1 Ha pazButue in vitro
SMOPMOHOB MHBIIIEH ITOCTIEe X KPUOKOHCEPBALIIM HA
CTaguu APOOJICHUSI.

MATEPHAIJIbI 1 METO/IbI

B skcrmepuMeHTe GbLIO MCHONb30BaHO 10 TOJO-
BO3pENBIX CAMOK M ITSITh CaMIIOoB MbItei muaum CD 1
B BO3pacTe OT ABYX OO TpeX MecsileB. 2KMBOTHBIX CO-
JIepKalu B CTAHIAPTHBIX YCIIOBUSIX KOHBEHIIMOHATb-
Horo BuBapusi MIHCTUTYTa LIMTOJOIMU U T€HETUKU
(HoBocubupck, Poccust).

Camok mbiment muanm CD1 Ha ctagum mposcT-
pYC-3CTPYC CcCaXuBaJIi Ha HOYb C (hepTUIbHBIMU
caMIlaMM 3TOH ke JTMHUM. JleHh OOHapyKeHUST Baru-
HaJIbHOM MPOOKM CUYMTAJIN TIEPBBIM JHEM OEpeMEeHHO-
ctu. Taknx caMOK TIoABEprajv 9BTaHA3UM ITyTEeM J1C-
JIOKAIIMY IIEMHBIX TO3BOHKOB Ha BTOPOI1 IeHb Oepe-
MEHHOCTH, B 16 4. HditlieBoabl 1 MaTKy M3BJIEKAIU U
npombiBasiu cpenoit Flushing Solution (FertiPro, Bel-
gium), Kak onmcano panee (Igonina et al., 2019).

st KpuoKOHCepBalluy APOOSIIIUXCS 3apOabl-
1Ieii MbIlIe MPUMEHSIJIU MPOrpaMMHOE 3aMOPa KU -
BaHue. Bce mosrydeHHBIE SMOPHMOHEBI OBIIM Ha CTa-
ouu 4—6 kiaetok. B kauecTBe KpHOIIPOTEKTOpa UC-
rosib3oBain 10% (v/v) IpoImmIeHIMKOIbL (XuMMen,
Poccust) B cpene Flushing Solution (FertiPro, Bel-
gium). OMOPHMOHBI MOMEIIAIN B LICHTPAJTbHYIO 4acTh
(BTOpoit cexTop) 0.25 M IUIACTMKOBOI COJIOMHHEI
(Cryo Bio System, ®paHuust) 1 KpUOKOHCEPBUPOBA-
JI C UCTIOJIb30BAaHUEM TTPOTPaMMHOTO 3aMOpakuBaTe-
15t CL 8800 (CryoLogic, Australia) Kak oImrcaHO paHee
(Uronuna u ap., 2015; Amstislavsky et al., 2015).

st oTTanBaHUS COJIOMUHBI ¢ SMOPHMOHAMU HO-
CTaBaJIu 13 pe3epByapa ¢ XUIKAM a30TOM, BBIICPXKI-
Basiv B TeueHue 40 ¢ mpu KOMHATHOIT TeMIiepartype, a
3atreM ToMemtanu Ha 40 ¢ B BOAsSHYIO OaHIO MIpU
30.0°C kak onucano paHee (MronuHa u np., 2015;
Amstislavsky et al., 2015). CogepXrmMoe BblaaBJIMBa-
1 Ha yamky [letpu (Corning, USA) u ocBoOOXIaIN
OT KPHOMNPOTEKTOpa ITyTEM MEePeHOCa OTTASTHHBIX M-
OpuoHoB Yepe3 Tpu Karum (50 M) cpenbl Flushing
Solution (FertiPro, benwrus). [1ocite ynaneHust Kpruo-
MPOTEKTOpa, SMOPUOHBI OLIEHWBAJIM BU3YyaJlbHO. 3a-
POIBILIM, YV KOTOPBIX OBUIO paspylieHo 6oiyee 25%
OJlacToMepoB, JIMOO ObLIM CEpbe3HbIC HapYILICHMS
MIPO3pavyHoOil 000JIOUKY (MU €€ TIOJIHOE OTCYTCTBUE)
ObLIM OTOpaKOBaHbBI COIVIACHO KPUTEPUSM, MPUHSI-
TBIM JIJISI OLIEHKU 3(P(PEeKTUBHOCTH IIPOILIe Iy PHI KPUO-
KOHCepBaluy 3MOpHoHOB Mbllieil (MronuHa u ap.,
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2015); ocranbHBIE — MEPEHOCWIN B WHIWBUIYaIb-
Hylo karmo cpeabl KSOM (Merck, I'epmanust) u
KYJILTUBUPOBAJIN in Vitro KaK OIMACAHO HIDKE.

beitu chopmupoBaHbl aBe Tpymmbl: 1) 6e3 mobaB-
JieHUs (paKTOpoB pocTa (KOHTPOJIb); 2) ¢ 10OaBIeHEM
40 ur/mn IGF-1 (Merck, I'epmanust). JaHHass ngo3u-
pOBKa BBIOpaHAa HAMM MCXOIs U3 JINTepaTypPHBIX JTaH-
HeI1x (Desai et al., 2000, 2007) 1 HalIUX IIpeaBapPUTEIIb-
HBIX ucciaenoBanuii. ComIacHO HaIlell MNpembIIyIIeii
paboTHI, 3Ta JO3MPOBKA ObUIAa ONTUMAIBLHOM TSI pa3-
BUTUSI SMOPHUOHOB MBbIlIeil 0e3 KPUOKOHCEpPBalIUU.
Yucrota nperapara IGF-1 cocraBnsia 298%. Kynb-
TUBUPOBAHME ITPOU3BOMWIN 10 MUHEPaIbHBIM Mac-
jom (Merck, Germany) B Teuenue 48 4 rmpu 37.0°C, 5%
CO, u BraxHoctn 90% B CO,-uHKyb6aTope New

Brunswick™ Galaxy 48R (Eppendorf, Fepmanus).

OLIeHKY TIpeUMITIAaHTAIIMOHHBIX SMOPHOHOB TIPO-
BOMWIA MMKPOCKOITMUECKH, OMPENCIsas CTaauio HX
pa3BUTUS TIpY TIOMOIIU cTepeoMukpockorna S8 APO
(Leica Microsystems, I'epmanus). B Oaacrormcrax
OTIpENeIIsUT HATUYKE XTYNHTA, TIOACUYUTHIBAIN YUCIIO
KJIETOK, MHIEKC (hparMeHTalluy, a TakKe MUTOTUYe-
ckmii nHAEKC 1ocie okpammBanus DAPI (2 mxr/mn
4,6-quaMuanHO-2-(PpeHNUINHIOJA), KaK OITMCAaHO Ha-
MU paHee (Amstislavsky et al., 2015). [Toacuer uncna
nHTep@da3HbIX saep, X ¢pparMeHTOB U MeTadas-
HBIX TUIACTUHOK B Pa3BUBAIOIINXCS 0JaCTOIIMCTAX
MPOU3BOAUIN MYyTEM BU3YaJIbHOI OLIEHKM Mperia-
paToB ¢ TIpUMEHEeHMEM (DITyOopeCIEeHTHOTO MUKPOCKOTIIA
Axiolmager Al (Carl Zeiss, 'epmanust), UMerOLIEToCs B
pacnopsxkenun LIKIT MABO CO PAH, c cootBeT-
CTBYIOIINM KYOWUYECKUM (DUIBTPOM IIJIsT OKpaIlInBa-
Hus DAPI. Magekc ¢pparMeHTallui pacCUMTHIBAJIH,
Kak yuciao ¢dparmeHToB X100 nermeHoe Ha oOliee
YUCIIO sIaep. MUTOTMYECKU MHIEKC PACCUYNTHIBAIIN,
Kak yucio Muto3oB X100 neneHoe Ha oOlllee Yucio
saep.

CTaTHUCTUYECKYIO 00pabOTKY pPe3yIbTaTOB UCCIe-
JIOBaHUSI IPOBOJIMIIN C TIOMOIIBIO CTAHIAPTHOTO Ta-
kera rporpaMmmHoro odecrieueHust STATISTICA 'V 8.0
(StatSoft, Inc). Jloam 3aponpliieii, pa3BUBAIOLINXCS
0 CTaguu OJACTOUMCTHI CPAaBHUBAIU C TTOMOIIBIO
TecTa xu-KBaapart. Jis cpaBHeHUsI TaHHBIX 110 YHUCITY
KJIETOK B GJacTOLMCTAaX U MHIEKCY (dparMeHTaIlun
ucrionb3oBanu -kputepuii CteiogeHTa. Pe3ynbTaTsl
CUMTAJIM CTaTUCTUYECKU 3HAaYUMMBIMU T1pu p < 0.05.

PE3VJIBTATHI

IMTocne mpouenyp 3aMopakUBaHUSI-OTTaWBAHUS
76 u3 89 3apompbIlieil, BUSyaJlbHO ObUIM OLIEHEHBI KaK
MOpPGOJIOTUYECK HOPMAaJIbHBIE (T.0. BCETO OBLJIO OT-
6pakoBaHo ~15%). Bce Mopdoiornyeckyt HopMaib-
HbIe SMOPUOHBI ObLIN UCHOIb30BaHbI B JATbHEUIITNX
9KCIIepuMeHTax: 38 N3 HUX KyJbTUBHUPOBAJIN B Cpelie
KSOM c¢ no6asnenuem IGF-1 B KoOHUEHTpaluu
40 Hr/mn u 38 — KyJIbTUBUPOBAJIM B TOI Xe cpee 0e3
nob6asiieHUs1 3Toro pakropa pocrta. lobGasieHue B
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Puc. 1. biacrouuctsl nocyie KyJIbTUBUPOBAHUS ik Vitro 3aMOPOXKEHO-OTTassHHBIX SMOPUOHOB Mblleil. BUIHBI siipa KileToK
(okpacka DAPI). Ctpenku yka3biBaloT Ha (pparmeHTanmu sinep. (a) 6e3 akropa pocra (KoHTposb). (6) ¢ IGF-1 (40 Hr/mur).

KyabTypaibHyio cpeny IGF-1 nmpuBoauiio K yiaydiine-
HUIO TTI0Ka3aTesieil pa3BUTHS SMOPUOHOB IT0 CpaBHE-
HUIO C KOHTpoJsieM (puc. la, 10), Takmx Kak J0JIs 3a-
pOIBILIEii, pa3BUBAIOIINXCS IO CTAAUU OJIACTOLIMCThI
(78.9 u 47.4% cootrBerctBeHHO, p < 0.01) U yuciao
KJIeToK B HUX (79.8 + 3.9 1 58.6 £ 3.6 cooTBeTCTBEH-
Ho, p < 0.001). OgHako He ObLJI0 OOHAPYXKEHO TOCTO-
BEPHBIX Pa3INUMil MO A0Jie OJIACTOLMCT JOCTUTIINX
CTaINU X3TYMHTA MEXIY S5KCIEPUMEHTAIBHON TPyII-
nmoit u xoHtposieM (13.1 u 7.9% COOTBETCTBEHHO).
I1pu 5TOM MUTOTUYECKUI MHIAEKC ObLI CYIIECTBEHHO
HIKe npu ucnonb3oBanuu IGF-1 mo cpaBHeHUIO €
KoHTpoJibHO# rpynmoit (5.0 £ 0.7 u 14.1 = 3.0 coot-
BeTCTBeHHO, p < 0.01). Mexay Tem, He ObLIO OOHapy-
JKEHO IOCTOBEPHBIX PA3INUKIi ITO0 MHIEKCY (PparMeH-
TallMU MEXAY SKCIEPUMEHTAIbHOMI TPYIION U KOH-
TpoJieMm (9.2 £ 1.5 1 9.8 £ 1.7 cOOTBETCTBEHHO).

OBCYXIEHUE

JlaBHO yCTaHOBJIEHHBIN (DaKT 3aMeIJIEHHOTO pa3-
BUTUS 3apOAbIIIEA, TIOJYYEHHBIX in Vitro, TIO CPaB-
HEHWUIO C SMOPUOHAMU, HAXOASIIMMUCS B YCITOBUSX
in vivo (Bowman, McLaren, 1970), yka3biBaeT Ha
BaXKHYIO POJIb MTapaKpUHHBIX (haKTOPOB, CEKpEeTUpYye-
MBIX PETPONYKTABHBIM TPAKTOM, B YCKOPEHUY UX Pa3-
BUTUsI. EcTecTBeHHas1 cpea penpomayKTUBHBIX MyTeil
MJIEKOTIUTAIOIIUX COOEPKUAT MHOXKECTBO pa3HOOOpa3-
HBIX KOMIIOHEHTOB, B TOM YHCJIE pa3inyHble (haKTOpPbI

pocra (Aguilar, Reyley, 2005). Tak, HaripuMep, B 3HIO-
METpUHU YeJIoBeKa MOoKa3aHa 3KCIIPECCHUs] OOJILIIOTO
YHCIa HUTOKUHOB 1 (DAaKTOPOB POCTA, TTOAASPKIBA-
IoIIMX 3MOpuoHaibHoe pa3putue (Kawamura et al.,
2012).

MccnenoBaHus Ha XXKUBOTHBIX MOJEJSIX MOATBEP-
XKIAIOT BaxKHYIO POJIb ayTOKPUHHBIX/ITapaKPUHHBIX
(akTOpPOB, CEKPETUPYEMBIX IIPEUMILIAHTALIMOHHBI-
MU SMOPMOHAMU U PENPOAYKTUBHBIM TPAKTOM IIJISI
SMOPUOHAIBLHOrO pa3BuUTUA U nMIiaHtauum (Neira
et al., 2010). IlepcrieKTUBHBIM MOAXOIOM K ONTUMM-
3allUU KyJIbTYPaJIbHBIX CUCTEM SIBJISIETCSI BKIIIOUECHME
OTIENILHBIX (paKTOPOB pOCTa, IMPUCYTCTBYIOIINX BO
BHYTPUMATOYHOM Cpeae in vivo, NJIA UX KOMOMHALIUIA
B MUTATEJbHbBIE CPENbl, YTO CIOCOOCTBYET YyJIyyllle-
HUIO paHHET0 YMOPMOHAIILHOTO Pa3BUTHUS U YBEIIM-
YEeHUIO OOJM WMIUIAHTUPYIOIIMXCS 3apOIbIlIeii
(Kawamura et al., 2012; BpycenueB u ap., 2015; Am-
stislavsky et al., 2015).

B nHaureii pabote ObLIO TTIOKAa3aHO, UTO IMPU KYJIb-
tuBupoBaHuu ¢ IGF-1 3aM0OpoXeHO-OTTasTHHBIX M-
OpMOHOB Ha CTaAWU APOOJICHUS MOBBIIIACTCS OIS
Pa3BUBAIOIIMXCS GJIACTOLUCT M YMCIIO KJICTOK B HUX.
Hamm nanHBIE cOmacyloTcsl ¢ pe3ysibTaTaMu OoJiee
paHHMX MCCJIeIOBAHUM, B KOTOPBIX ObLIO ITOKA3aHO,
yto godapieHue IGF-1 kK cpenam st KyJIbTUBAPOBa-
HUSI in vitro TIOBHIIIANO JOJIIO Pa3BUBAIOIIMXCS OO CTa-
Iy 0J1aCTOLMCTHI 9MOpHOHOB y Mbitent (Desai et al.,
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2000), u y opyrux BUOOB MiieKomnuTaromux (Siri-
sathien, Brackett, 2003; Chenet al., 2017). BuyacTtHO-
CcTH, B KOHLeHTpaluu 30 HI/MJ 3TOT (pakTOp MOBHI-
11aja g0 oopa3zoBaHUsl OJACTOLUCT U YUCIIO Kile-
TOK B HMX TIpU KYJIbTUBUPOBAHWUM 3apojbllIeit
Mbleit in vitro (Desai et al., 2000). Iloka3aHo, 4yTo
IGF-1 ctumynupyet sMOpUOHANIbHBIN POCT 1 pPa3BU-
TUE, NEHCTBYSl B KayecTBE MUTOreHHOro ¢axkropa,
VHIYLMPYIOLIETO Npojudepainio KJIeTOK Yepe3 MU-
TOT€H-aKTUBUPOBaHHYIO MpoTeuHKMHAa3y (Velazquez
etal., 2009). Kpome Toro, IGF-1 yuacTByeT B peryiu-
pOBaHMM CBSI3aHHBIX C aIrlonTo30M reHoB Bcl-2/Bax
(Chenetal., 2017). D10 moaTBepKIaeTCs pe3yabraTa-
MU APYTUX UCCIEAOBAHUI, KOTOpbIe YKa3bIBalOT Ha
TO, 4To KynbtuBupoBaHue ¢ IGF-1 cmocoOGcTByeT
CHUXKEHUIO YPOBHS anorTo3a B 6J1acTolMcTax, KOTo-
poe TipoucxoauT 4Yepe3 akTuauuio PI3K/Akt mmyTu
(Velazquez et al., 2009).

CoriacHO HalllUM JaHHBIM, MUTOTUYECKUI MHIIEKC
B Onacrouucrax npu KyiastusupoBanuu ¢ IGF-1 obin
HUXeE, 4eM B KOHTpoJe. JelcTBUTeNbHO, HalllU pe-
3yJIbTaThl, B CBO€HA COBOKYITHOCTU, CBUAETENbCTBYIOT
O TOM, 4YTO TIPW BO3AE€HCTBUM TaHHOTO (haKTopa po-
cTa 6JIaCTOLIMCTHI 60Jiee MPOJABUHYTHI B CBOEM Pa3BU-
TUU (MMEIOT OOJIbIIIE YMCJIO KJIETOK). MeXay TeM, U3-
BECTHO, 4YTO B 0oJiee MO3MHUX IPEUMILIaHTALIMOH-
HBIX ®BMOpPHUOHAX MBbIIIEH CKOPOCTb JEJeHUS KIETOK
cHikaetcs (Copp, 1978; Handyside, Hunter, 1986).

Panee yxe uccinenosanu BimusiHue dakropa IGF-1
Ha TIPOIIECCHl BOCCTAHOBJICHUS TTPEUMMILIAHTAIIMOH-
HBIX 3MOPUOHOB MBIIIEH, MOABEPraBIINXCS KPHUO-
KOHcepBalMu Ha cranuu MopyJsl (Desai et al., 2000)
u 3urothl (Desai et al., 2007). bputo moka3zaHo, 4TO
MODYJIBl MBIIIIEH MOC/Ie KPUMOKOHCEPBAILIMU U TTOCIIe-
JIYIOIIEr0 OTTauBaHUSI OBICTPEe MOCTUTAIOT CTaauu
GJIACTOIIMCTHI U UMEIOT OOJIbIIIe KJIETOK, €CIIN KYyJIb-
tuBupoBaTh ux ¢ IGF-1 B konuenTpanuu 30 Hr/ma
(Desai et al., 2000). OnHako, eciii SMOPUOHBI MbI-
et ObUTM 3aMOPOXKEHbBI HA CTAIUU 3UTOTHI 3TOT 3¢-
¢exr HuBenupoBancs (Desai et al., 2007). B nanHoii
paboTe MBI BOCTIOJTHIUIM TIPOOETT, CBSI3aHHBIM C TeM,
YTO He OBIJIO M3YUYEHO BIMSHUE 3TOro (hakKTopa Ha pas3-
BUTHE 3apObIlleii MbIIIei TTocae UX KPUOKOHCepBa-
WY Ha CTaguM APOOJIEHUS M TPOIEMOHCTPUPOBAIN
criocobHocTh IGF-1 B koHneHTpauuu 40 HI/MJI CTU-
MYJIUPOBaTh Pa3BUTHE IPOOSIILIMXCS 3apoibllleii B
MPUUMILIAHTALIMOHHBII TTepUO TTOCIe TIPOoLeAyp 3a-
MOpaXXNBaHMSI-OTTaBaHUSI.
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Effects of Insulin-Like Growth Factor 1 on the in vitro Development
of Mouse Embryos after Cryopreservation
E. Yu. Brusentsev!, E. A. Kizilova!, T. N. Igonina', S. V. Ranneva', and S. Ya. Amstislavsky' *

! Institute of Cytology and Genetics, Siberian Branch, Russian Academy of Sciences,
prosp. Lavrentyeva 10, Novosibirsk, 630090 Russia

*e-mail: amstis@yandex.ru

Cryopreservation of gametes and embryos is widely used for mammalian Genome Resource Banking. Effects
of insulin-like growth factor-1 (IGF-1) on the in vitro development of cleavage stage CD1 mouse embryos
after their cryopreservation were studied. The mouse embryos developed in vivo up to the 4—6 cell stage were
frozen in a programmable freezer according to a standard protocol with a 10% propylene glycol as a cryopro-
tectant, thereafter were thawed and cultured in vifro in KSOM for 48 hours. The percentage of embryos de-
veloped up to blastocyst stage in culture medium supplemented with IGF-1 (40 ng/mL) was higher as com-
pared to controls (78.9 and 47.4%, respectively, p < 0.01). Moreover, blastocysts developed in the presence of
IGF-1 contained more cells as compared to controls (79.8 + 3.9 and 58.6 + 3.6 cells, respectively, p < 0.001).
However, index of nuclear fragmentation did not differ between these groups. Experimental results presented
herein revealed the stimulating effects of IGF-1 on the mouse preimplantation embryos after their cryopres-

ervation.

Keywords: mice, preimplantation embryos, cryopreservation, in vitro culture, IGF-1

OHTOIEHE3 Ttom 52 Ne2 2021



OHTOTEHE3, 2021, mom 52, Ne 2, c. 151—154

KPATKHME

COOBLIEHUA

YIK 597.94-13

MEXIIOINIYIALINMOHHBIE PA3JINYUA B TEMIIE PASBUTUA
1 IOTPEBJIEHUU KUCJIOPOJIA TOJJOBACTUKAMU OCTPOMOPJION
JIATYIIKWN (RANA ARVALIS NILSSON, 1842, ANURA: AMPHIBIA)

© 2021r. C. M. JIsmkos* *, C. 10. Kieiiménon®
Y Mockoeckuii eocyoapcmeerHtblil yHusepcumem um. M. B. Jlomonocosa, buonroeuueckuii pakynvmem,
kaghedpa buonoeuueckoii s6orrouyuu, ya. Jlenunckue lopot, 1, cmp. 12, Mockea, 119234 Poccus
b Hnemumym 6uonoeuu pazeumus um. H.K. Koavyosa PAH, ya. Basunosa, 26, Mockea, 119334 Poccus
*e-mail: lyapkov@mail.ru
IMocrynuna B penakiuio 31.10.2020 r.

IMocne nopadorku 22.11.2020 r.
IMpunsTa K my6mmkanmu 26.11.2020 r.

ITpoBeneHo cpaBHEHME TeMIIa Pa3BUTHS M CKOPOCTU TTOTPEOIEHUS KUCIOPOIa Y TOJIOBACTUKOB OCTPOMOP-
JIOM JNISATYIIKY U3 pa3HbIx nomnyasinuit (bpsiHckast 1 MockoBcKast 06J1acTH) TIpU BbIpalllMBaHUU B Jlabopa-
TOPHBIX ycnoBUsIxX nipu remmnepatype 20°C. Temm pa3BUTHSI, CKOPOCTb ITOTPeOIeHUST KMCI0pOoaa Ha 0co0b
U Ha TpaMM Beca, a TaKXe CKOPOCTb IMTPUPOCTa MacChl Tejla y 0cobeil U3 6oJiee CeBEpHOit MOMYJISILNU OKa-
3aJIMCh JOCTOBEPHO BhIIIEe. [ToydeHHbIE TaHHBIE COOTBETCTBYIOT BBISIBJIECHHOI HAMM paHee 3aKOHOMEPHO-
cTu: 6oJiee BbICOKAsi CKOPOCTh POCTA FOJIOBACTUKOB XapaKTepHa JJisl MOMYJISILIUIA CO CPaBHUTENIbHO KOPOT-
KHAM Ce30HOM aKTMBHOCTH, YTO YKa3bIBaeT Ha HAJIMUKME HACJIeICTBEHHO OCHOBBI OCOOEHHOCTEM X MeTa-

OoyiM3Ma.

Karouesvie cnosa: Temi pa3BUTUA, HOTpC6J'ICHI/IC Kucjaopoga, ro1oBaCTukm, ocCTpomMopaas Jdarymka, MexX-

TIOITYJIALIUOHHbIE PA3INYU
DOI: 10.31857/S0475145021020038

BBEAEHME

MN3MeHUMBOCTh KOJIMYECTBEHHBIX MPU3HAKOB, Ha-
MpaBJIeHHas1 TPOTUB T'paiueHTa YCIOBU Cpeabl, — 3TO
BBISIBIISIEMBIC B €CTECTBEHHBIX YCIIOBUSIX MEXKIIOITYJISI-
LIMOHHBIC (PEHOTUITMYECKHUE Pas/INUMsI, HarpaBJICH-
HOCTh KOTODPBIX TIPSIMO TIPOTHMBOMOJIOKHA alanTHUB-
HBbIM T€HETUYECKUM M3MEHEHUSIM, (DOPMUPYIOIIUMCST
KaK OTBeT Ha JAHHBbIM IpagydeHT BHELIHUX YCIOBUIA.
Haxe ecnu Takue U3MEeHEeHUs yxke C(hOPMUPOBaHbI, UX
MOXXHO BBISIBUTH TOJILKO B DKCIIEPUMEHTAX, OOLIYHO B
OIMHAKOBBIX YCJIOBUSIX JTAOOPATOPHBIX OITBITOB, CYIIIE-
CTBEHHO peKe C TIOMOIIBIO MEXITOIMYISIITUOHHBIX TIe-
peHOCOB 0cobeil B eCTeCTBEeHHBIX yclioBusix (Berven,
1982). Tak, HampuMep, Ha IPeICTaBUTEISIX IBYX 11 -
poKoapeabHbBIX BUIOB OYPBIX JIATYIIEK — OCTPOMOP-
noii (Rana arvalis Nilss.) u TpaBssHo# (Rana tempo-
raria L.), TIOKa3aHo, 4YTO B €CTECTBEHHOI cpeae o0ou-
TaHUS B IOXHBIX TTOMYJISILIUSIX OOOMX BUAOB TEMII
pPa3BUTHSI TOJIOBACTUKOB BHIIIIE, UM B CEBEPHBIX, UTO
00YCJIOBJICHO pa3HOI TeMIIepaTypoii MECT OOMTaHUSI.
Ho B nmaGopaTopHBIX YCIOBUSIX TIPU OJMHAKOBOM
TeMIlepaType ColepKaHUs, 0COOU U3 CeBEPHBIX IO~
MyJISIUMiA  pa3BUBAJINCh OBICTpEE, YEeM U3 IOXKHBIX
(JIsmkoB u np., 2009; JIankos, 2016). IIpeumyiie-
CTBO CPaBHUTEIBHO OBLICTPOrO pOCTA U Pa3BUTUSL
oco0eif m3 6oJiee CeBEepPHBIX ITOITYIISIIINI OYEeBUIHO,

151

IOCKOJIBKY B YCJIOBUSIX OIPaHUYEHHOM IIUTEIBHO-
CTU Ce30Ha AKTUBHOCTU 3TO ITO3BOJISIET UM ObICTpEe
JIOCTUYb HEOOXOIUMOTO pasMepa ISl YCIIEITHOM 31-
MOBKU.

IToxoxXyio 3aKOHOMEPHOCThb BBISIBUJIM HaOJIONE-
HUSI 3aBUCUMOCTH SHEPreTUYECKOTro MeTaboM3Ma OT
TeMITepaTyphl Y TOMKMIOTEPMHBIX XKUBOTHBIX. MHTEH-
CUBHOCTh MeTa0OJIM3Ma y MpeacTaBUTE/ICi CEBEPHBIX
MOMNYJ/ISILINIA, pacCUMTAHHAS IO YPaBHEHUIO 3aBUCH-
MOCTH OT TeMIIepaTypbl, 3aMEeTHO BBIIIIE aHAJIOTHY-
HOM BEJIWYUHBI Y oOUTaTeNIeli HU3KUX IIUPOT IIPU
TOM Xe TemIepaType. B OrMosHepreTrke 3To SIBJICHE
HOCHUT Ha3zBaHME TeMIIepaTypHOl KOMIIEHCAIIUU Me-
tabomsma (O3epHiok, 2006).

Bwmecte ¢ TeM, n3BecTHBI (haKThl MOIUMUKAITAY 3a-
BUCHMOCTU 3HEPTeTUYECKOro MeTaboIM3Ma OT TEMIIe-
paTypbl NMpU aKKIMMAlMU MONKWUIOTEPMHBIX XKUBOT-
HBIX K pa3HbIM TEMIIEpaTypaM CONCP>KaHUSI BCIEACTBUE
U3MEHEHMsT IKcrnpeccuu uzodepMeHToB. IlokaszaHo,
YTO CMENIEHME MHWHUMyMa KOHCTaHTbl Muxasiuca
JIaKTaTASTMApPOreHa3bl phId MpU MepeHoce ocobeil B
cpely ¢ 0oJiee BBICOKOM MM HA3KOM TeMIIepaTypoii co-
OTBETCTBYET HOBBIM YCJIOBUSIM OOUTaHUS U TTPOUCXO-
JIUT 3a CYET U3MEHEHUS ee N30(DepMEHTHOTO COCTaBa
(Klyachko, Ozernyuk, 1998). OqHako BbIpallleHHbIE B
OIMHAKOBBIX JJAOOPATOPHBIX YCIOBUSIX TOJIOBACTUKH
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Taoauoa 1. Macca Tena, cpeTHUM TPUPOCT MacChl M CKOPOCTD ITOTPeOIeHUSI KMCIOPOAa roJIOBACTUKAMU OCTPOMOPIOM

JISITYILIKA
Bec ronoBacTrka Hotpebrierue kicropona CpenHuii mpupoct
Momymmms ['pymnmna . (Mr) Ha 00067131 Ha rpaMM Beca Maccel Te)}?
(M mun~1) (v ! mun) (Mr cyTku™)
Q 3 x * st.er. x * st.er. x * st.er. Xx * st.er.
| 1 20 698.8 £ 27.2 0.886 = 0.062 1.280 £ 0.082 16.05 £ 0.61
2 20 710.0 £ 30.9 0.942 £ 0.053 1.352 £ 0.077 16.32 £0.71
BpstHckast 0671. 5 1 20 687.5+ 12.0 0.875 £ 0.032 1.291 £ 0.054 15.80 £ 0.27
2 20 695.0 £ 19.2 0.986 + 0.029 1.426 £ 0.037 15.98 + 0.45
Bce Bmecte | 80 697.8 £ 11.5 0.922 + 0.023 1.337 £ 0.033 16.04 £ 0.26
3 3 20 654.0 = 14.0 1.085 + 0.039 1.667 + 0.060 17.68 £ 0.38
4 20 677.5+ 13.5 1.025 £ 0.028 1.516 + 0.035 18.31 £ 0.36
MockoBckast 061. 4 3 20 670.5 £ 16.3 1.012 £ 0.036 1.514 + 0.049 18.63 + 0.45
4 20 735.0 £ 17.3* 1.101 £ 0.027 1.506 £ 0.038 20.42 + 0.48*
Bce BmectTe | 80 684.2 + 8.3 1.056 + 0.017 1.551 + 0.024 18.76 + 0.24

TMpumeuyanue. BeineseHbI XKUPHBIM HIPUQTOM IMaphl CPETHUX TS TIOMYJISIIIAI 3HAYSHUI, TOCTOBEPHO pa3IMyaloninecs: MeXIy co0oit,
n — 00beM BBIOOPKM; X T st.er. — cpeaHee + cTaHaapTHast olnoka. ¥ — JJoCTOBEpHO OTJIMYAIOTCS OT AHAJIOTMYHbBIX BEJIMYMH Y OCTaJIb-

HBIX TPYIII JAHHOM MOMYJISILIUY.

TPaBSHOM JISATYIIKM M3 HECKOJbKHUX TeorpauiecKu
YIJIEHHBIX IPYT OT Apyra MOMyJIsSIIUiA YCTOMYMBO pas3-
JINYAIMCh TIO0 MTHTEHCUBHOCTH ITOTPeOICHUST KUCIOPO-
J1a, YTO CBUACTEIBCTBYET 00 OTCYTCTBUM IOJHOM aK-
KJIUMaluu B TEpUON MNpeaMeTamMop@o3HOro pocrta
(Lindgren, Laurila, 2009).

Bormpoc o ToM, B Kakoiif Mepe Takue BaxKHBIE CBOI-
CTBa OpraHM3Ma Kak TeMIl pa3BUTUSI U UHTEHCUB-
HOCTh MeTaboJjm3Ma 3aKperieHbl TEHETUIECKU, a B
KaKoi TIpeACTaB/ieHbl HOPMOI peakuMu B IIpeaesiax
JMaria3oHa TOJIEPAaHTHOCTU BUIA, O CUX TTOP OTKPHIT.

3amadeit Halreid padboThI OBIIIO M3yYeHUEe MHTCH-
CUBHOCTM MeTaboJiM3Ma TIOJOBaCTUKOB OCTPOMOP-
JIOIT JATYIIKU, TIPOUCXOISIINX U3 ABYX HOITYJISIIINIA,
o0MTaIONINX Ha pa3HoOil mupoTe (YyCIOBHO — Ooyee
JOXKHOM 1 0oJiee ceBEepHOIi), P UX BhIpAllIMBaHUU B
CTaHAAPTHBIX JIAOOPATOPHEIX YCIOBUSIX.

MATEPHAJIBI 1 METO/IbI

B xauecTBe uCXomIHOro MaTepuasa ObLIU UCTIOb-
30BaHHI 110 4 TPYIIIHI ITOJTHBIX CHOCOB, TIOJTydeHHBIC B
pe3ynbTaTe SKCIIEPUMEHTAIBHBIX CKPEIIMBAHMI TTO-
JIOBO3PEJBbIX 0CO0Ei OCTPOMOPION JISITYIIKY, OTJIOB-
JICHHBIX B KaXXIOM M3 IBYX MCCICTOBAHHBIX OIS~
WA B HEPECTOBBIX BOIOEMaX B MEPUOI Pa3MHOXKe-
HUs. MecTo oTjioBa oco0eiil U3 MepBoii MOMYJISIIUN
Haxomusiock B bpsaHckoit 061. (52°27° N; 33°53’ E),
JUTUTETBHOCTb C€30HA aKTUBHOCTU — 7 Mec. MecTo-
oOuTaHue BTOPOM TMOIMyIIuuu — MoCKOBCKasi 00JI.
(55°44’ N, 36°51” E), ITUTENIBLHOCTD CE30HA AKTUBHO-
cTh — 6 Mec., HaJaJlo pa3MHOXEHUS — B CPeIHEM Ha

2 Henenu nosaHee (JIsnkos u ap., 2009). B kaxnoii no-
MYJISILUY OBLIA OTJIOBJICHBI IO 2 CaMKU U o 2 cam1ia. B
pe3yabTaTe KOHTPOJIUPYEMBIX IIEPEKPECTHBIX CKpe-
IUMBaHUI, OT pOAMTENEH KaxKIOi U3 ABYX MCCIIENO-
BaHHBIX TTOMYJISILII OBLJIO MOJYYEeHO 110 4 pa3IMYHbIe
TPYHITBl IIOTOMKOB — IIOJIHBIX CMOCOB (cM. TaOi. 1).
OIUTOmOTBOPEHHBIE STiIIa COIEepXkKalu B €MKOCTSIX C
YPOBHEM BOABI 5 CM, MpHU TemIiepaType okojio 15°C
JI0 OCTYKeHMs 39-i1 ctaguu (Hayajio aKTUBHOTO ITH -
TaHUS 110 Ta0JIMIIaM HOPMAaJIbHOTO Pa3BUTHUS TpaBsI-
Hoit nsarywmku mo JdabdarsH u CienuoBoii, 1975). 3a-
TE€M TOJIOBACTHKOB paccakuBalin 110 20 3K3. OT KaxKI0Mi
TPYIIIBI CUOCOB B 2 akBapuyma eMKOCThio 20 J1 Kaxk-
nplid. JlaabHeiiiee BbIpallliBaHWE TOJIOBACTUKOB BO
BCeX aKBapMyMax IIPOBOIWIM IIPU IIOCTOSIHHOM TeMIIe-
patype 20°C 1 npu OOMHAKOBOM PeEXMME KOPMJIEHUS
KOPMOM U151 A€KOPAaTUBHBIX phI0 hupMbl TetraMin, a
TaKXKe CYIICHBIM raMMapyCoM M BapeHOII KpaIlMBOIA.
Jlist oripenesieHsI MHTEHCUBHOCTH TTOTPEOJICHUS KMC-
Jiopoia HCIIojib3oBaiM 1o 20 3K3. OT Kaxiaoul us 4
TPYIII CMOCOB, IMPOUCXONSIIMX M3 ABYX ITOIYJISIIINIA,
Bcero 160 ak3.

OrmnpenesieHe MHTEHCUBHOCTH TIOTPEOIEHNST KIC-
JIOpOJa TOJIOBACTUKAMHU MPOBOAMIN Ha cTagusix 46—47
(ro: 1a6sirsin, Cnenuosa, 1975). UsmepeHus npous-
BOIMJIM C MoMomIblo okcmMmerpa Orion Star A323
RDO/DO meter (Thermo Fisher Scientific Inc.).
I'oJToBaCTUKOB MO OMHOMY 3K3EMILISIPY TTIOMEILAIN B
TepMETUYHYIO CTEKJISTHHYIO KaMepy, U3 KOTOPOii cpa-
3y oTOupanu 1 M1 BoIbl ISl UBMEPEHUST HAYaIbHO
KOHIIEHTpaLuy Kuciiopoga. OTéop mpoOkl IPOU3BO-
IV TaKMM OOpa3oM, 4TOObl B KaMepe OCTaJoCh
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poBHO 20 MJI BOOBI M OTCYTCTBOBAJIU ITy3BIPHKH BO3-
nyxa. Yepe3 20 MUH M3 KaMepbl OTOUpPaId BTOPYIO
Mpo0OYy BOIBI IS U3MEPEHUSI KOHLICHTPALIMU KUCIIO-
pona. J171s1 3anoIHeHUs KaMep UCITOIb30BaJIv BOMY U3
aKkBapuyMa, B KOTOPOM COJIepKaJICsI TaHHBIN 3K3eM-
wisip. KoHTpoiieM ciyxunm 2—3 Kamepbl 00beMOM
20 M1 6e3 00BEKTOB, 3aITOTHEHHBIE BOTOU M3 TOTO XKe
akBapuyMma. MHTepBam BpeMeHM MeXIy OTOOpamMu
po6 M3Mepsiu ¢ TOYHOCTHIO 10 1 MuH. CKOPOCTh
MOTPeOJIEHNST KMCJIOPOAA BBIYMCIISUIM IJjII KaMeEphl
WHIWBUIYaJIbHO, 3aT€M BHOCWJIM IIOIIPaBKy Ha I1O-
TpeOJIeHNEe KUCI0POIa MUKPOOMOTOIM, BEIYMTAsI CPe/I-
Hee 3HAaYeHME CKOPOCTH MOTPeOJICHUSI KMCIopoma B
KaMepax 0e3 oObekTa. I1o oKOHYaHUU W3MEpEeHUs
MOTpeOJIEHNST KUCIOpPOJa KaxXIOTO TOJIOBACTHKA
B3BEIIMBAIN C TOYHOCTHIO 10 10 MTI m 3aTeM BO3Bpa-
1A B aKBapuyM.

CraTucTu4ecKyo oopadboTKy IMPOBOIUIU C TIOMO-
mblo makera nmporpamm STATISTICA 8.0 (StatSoft
Inc.). JloctoBepHOCTh pasnmuuuii MeXAy CpeOIHUMU
IJIsT TIOTYJISINUIT 3HAYEHUSIMA OLIEHUBAJIU C TIOMO-
IO IBYX(AKTOPHOTIO UePAPXUUECKOTO TUCTIEPCUOH-
HOTro aHaJlu3a, B KOTOPOM MEPBbIM (PaKTOpoM (BKITIO-
yalolM B cedsl Tpagaliuid BTOporo ¢akropa) ObLIu
“nomynsitiuu’, BTOPbIM (DaKTOPOM — TPYTIIIbI TTOJTHBIX
cubcoB. J1oCTOBEpHOCTh Pa3Inyuii MEXAY CpeaAHUMU
3HAYEHMUSIMU TTOTOMCTBA Pa3HbIX CAMIIOB 1 Pa3HBIX ca-
MOK B Ipeeiax KaxKIoi U3 IByX MOIMyJISILNiT OlLieHUBa-
JIM C TMOMOUIBIO TpeX(haKTOPHOIO JIMCHEPCUOHHOTO
aHaiaM3a, ¢ hakTopaMu “camMku”, “caMiibl” M “IIOBTOP-
HocTU” (cxema C TOJIHOM Kilaccudukalueit).

PE3VYJIbTATbI
Pazauuus mexncdy 0syms nonyasayuamu

ITponoXUTEeNbHOCTD Pa3BUTHSI OT OILIONOTBOPE-
HUS 10 cTaguu 47 cocTaBuja B MIOTOMCTBE TMOITYJISI-
o n3 bpsgHckoit 001, 43.5 cyr, n3 MoOCKOBCKO
001. — 36.5 cyr. Pasmnuus cpemHUX COCTaBJISTIOT
19.2% wn nocrosepHbl (p < 0.001). He o6GHapyxXeHO
JTOCTOBEPHBIX MEXITONMYJISIIMOHHBIX Pa3Induii I10
cpelHeMy 3HauyeHUIO MAacChl Tejia TOJIOBACTUKOB Ha
craguu 46—47 (taba. 1).

Pesynbrarhl M13MepeHUss MUHTEHCUBHOCTU MOTPe0-
JIEHUSI KMCJIOPOJa OKa3aJUCh CXOIHBIMU T10 BEJTUYU-
He C U3BECTHBIMU U3 HAyYHOM JTUTepaTyphbl JaHHBIMU
JUIST 6IM3KOro BUaa — TpaBsHoit narymku (Lindgren,
Laurila, 2009). O6HapyXeHBl JOCTOBEPHBIEC pa3IM-
YUsI CPEAHUX 3HAUYCHU M MOTpeOIeHUsT KUCTOpo/ia ro-
JIOBAaCTMKaMU M3 PasHbIX TMOMYJsILU B pacuyeTe Ha
0Cco0b M Ha egWHUILY Macchl Teia. Oba Imoka3artens
ObLTH mocToBepHO BbIIe (pu p < 0.0001) y motom-
CTBa poauTesieit, B3STbIX U3 MOCKOBCKOI 00J., Ha
13.5 u 14.8% cootBercTBeHHO (Tabi. 1). CKOpOCTH
MPUPOCTA MACChI TeJia TaKKe ObLIa BBIIIE Yy TOJIOBa-
CTUKOB HOITyISINUM MOCKOBCKOI 0011. Ha 15.6% (p <
<0.0001).
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BHymlel’lO}’ly/lﬂLgLIOHHaﬂ U3MEHUYUBOCHTb
uUccae008aHHbIX xapakmepucmuk

B nipenenax nomnyiasuuu u3 bpsiHCKo# 00J1. He ObI-
JIO BBISIBJIEHO pa3iInuuii MexK 1y MTOTOMCTBOM JBYX ca-
MOK U MEXJy OTOMCTBOM JIBYX CAMIIOB T10 CPETHUM
3HAYEHUSIM BCEX UYEThIPEX M3Y4YaeMbIX XapaKTepu-
ctuk (tadi. 1). B mpenenax momynsiuyuy u3 MocKoB-
CKOI1 00JI. cpelHMe 3HAaYeHWST MacChl Tejla U CKOpO-
CTU €€ IIPUPOCTa y IIOTOMKOB CaMKH 2 U caMiia 2 ObUIO
JIOCTOBEPHO OOJIbllie, YeEM Y TPeX APYTuX IpyMIl Mo-
TOMKOB (Ta0i. 1). He BBISIBIEHO pa3nuumii MeEXIy
IMMOTOMCTBOM JIBYX CAMOK M M€y TOTOMCTBOM ABYX
CaMIIOB TI0 CPEeAHUM 3HAYEHUSIM MMOTPEeOJIeHUS] KUC-
JiopoJia Ha 0cO0b U 110 CPETHUM 3HAUYEHUSM MOTPeO-
JICHUsI KUCJIOPOJ Ha TpaMM MAacChl TeJla, YTO yKa3bl-
BaeT Ha OTCYTCTBUE BIMSIHUS HA HUX MAaTEePUHCKOTO
adpekra. OTCyTcTBHME BIMSIHUS CaMIOB Ha BTH
XapaKTEePUCTUKU MeTaboJIM3Ma B 00eUX MONYJISILIUSIX
O3HaYaeT HU3KYIO0 aJIUTUBHYIO U3MEHYUBOCTh, UYTO
MPUHSATO UHTEPIIPETUPOBATh KaK TOCTATOYHO XKECT-
KWl KOHTPOJb OTOOPOM MO MaHHBIM IIPU3HAKAM
(Falconer, Mackay, 1996).

OBCYXJIEHHE

HocToBepHbIe pa3auydus 1o MPOJOKUTEIbHOCTU
pa3BuTus 10 47 cTaauu Mpyu ONMHAKOBOI TeMIlepaTy-
pe coepkaHusl yKa3blBalOT HAa YCTOMYKMBbIE MEXKITOITY-
JISIIMOHHBIC Pa3JIMUMS TEMIIOB Pa3BUTHSI OCTPOMOPAOI
Jnarymky u3 bpstHckoit 1 MockoBckoii obnacreii. Pe-
3yJIbTAThl IPOBEIEHHBIX PaHEE UCCIIENOBAHUI TEMIIOB
pPa3BUTUSI U POCTa TOJIOBACTUKOB B J1abOpaTOpUm TIpU
Takux xe yciaoBusax (20°C m HavalbHasl IDTOTHOCTh
1 oco0b Ha 1 1) U3 Tex Xe MOmyJISILMii IT0Ka3aJiu, YTO
roJIOBAaCTUKM U3 bpstHCKOI1 00J1. pa3BUBaIMCh 1OCTO-
BEpPHO MelJIeHHEee, HO ObLIM HECKOJIbKO KpyrHee 60-
Jlee CeBepHBIX KOHCHEeIM(PUKOB M3 MOCKOBCKOI
0071. ITpoao/KUTEeTbHOCTD Pa3BUTUS OT OILIOAOTBO-
peHus1 10 3aBepllieHusT MeTaMopdo3a cocTaBlisiia
53.6 1 49.7 cyTOK COOTBETCTBEHHO, a JJIMHA TeJia 10-
cJie 3aBepllieHUs1 MeTamMopdo3a paBHsuiach 14.52 u
13.88 MM cootBeTcTBeHHO (JIsimkoB u ap., 2009). B
HallleM 3KCHEePUMEHTE COOTHOULIEHWE MAacChl Tesa
roJIOBACTUKOB COXPaHSLIO JAHHYIO TCHACHIIUIO, XOTS
pasnuuus He ObLJIU JOCTOBEPHHI.

IMonydyeHHBbIE HAMU PE3YJIBTATHI MTOKA3aJIN YETKYIO
HaIlpaBJIEHHOCTb pa3/IM4yuii B HOTPEOJICHUN KUCIIOPO-
J1a: y ocobeil U3 IOy ¢ 6oJiee ITUTEIbHBIM CE30-
HOM aKTUBHOCTH 3TOT ITOKA3aTellb JOCTOBEPHO HIKE B
CpaBHEHUU C OCOOSIMU U3 OoJiee CEBEPHOM MOIMYJsi-
nuu. Takoil pe3yabTaT BIOJIHE OXUIAEM, UCXOIs U3
YCTAHOBJICHHOTO paHee (akTa 0oJjiee BRICOKOM CKOPO-
CTU pOCTa TOJIOBACTUKOB U3 ITOMYJISIIMIA CO CpaBHM-
TE€JIbHO KOPOTKHMM CE30HOM aKTMBHOCTU (JIsmkoB
u 1p., 2009). CoxpaHeHrEe 3TOr0 COOTHOIIEHUS TIPU
pPa3BUTHUU I'OJIOBACTUKOB B JIAOOPATOPHBIX YCIOBUSIX
MPY OMMHAKOBOM TeMIlepaType YKa3bIBaeT Ha TO, UTO
0COOEeHHOCTH WX (PUBMOJIOTUM, 3adaloline pa3HBIN
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TCMII pa3BUTHUSA B ITOITYJIALMAX, BEPOATHO, 3aKPCILIIC-
HBbI TCHETUYCCKMU.

OPMHAHCUPOBAHUE PABOTHI

Pa6ota 1o moctaHOBKE CKpellMBaHUN U BbIpalllBa-
HUIO TOJIOBACTUKOB B JIJA0OPATOPHBIX YCIOBUSIX BHITTOTHSI-
Jack B pamkax rocdamanus (. 2 Ne [IUTUC 04-1-21).
N3mepeHue mnorpebGieHUsT KUCIOpoaa IIPOBOIUIOCH B
pamkax roczaganus 0088-2021-0009.

COBIIOAEHHNE 9TUYECKNX CTAHIAPTOB

Bce mpuMeHMMEBIe MeXXAyHapOIHbIE, HAIlMIOHAILHEIE
U/VIA UHCTUTYLMOHAIbHbIE TTPUHIUAIBI UCIIOJIb30BaHUS
JKMBOTHBIX B 3KCIIEPUMEHTAX M YCJIOBUS yXola 3a HUMU
ObLIIU COOJTIOAEHBI

KOH®JIIMKT MHTEPECOB

ABTODBI 3asIBJISIIOT, YTO KOHMJIUKT UHTEPECOB OTCYT-
CTBYET.

NHOOPMAILIUA O BKIIAJE ABTOPOB

ABTOpI:J BHEC/IN paBHbeI BKJIad B IMPOBECACHUE UCCIIC-
JNIOBAaHUM 1 HAITMCAHUE CTaTbU.
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Interpopulation Differences in the Developmental Rate and Oxygen Consumption
in Tadpoles of Moor Frog (Rana arvalis Nilsson, 1842, Anura: Amphibia)
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A comparative study of the developmental rate and oxygen consumption in Rana arvalis tadpoles from the
population of the Bryansk region (Southern) and Moscow region (Northern) in laboratory conditions at a
temperature of 20°C was carried out. The rates of growth and development, the rate of oxygen consumption
as well as the specific rate of oxygen consumption in individuals from a Northern population were significant-
ly higher. This result corresponds to the previously detected higher growth rate of tadpoles from populations
with a relatively short season of activity (Northern) and indicates that these tadpole metabolism features are

probably genetically determined.

Keywords: developmental rate, oxygen consumption, tadpoles, Rana arvalis, interpopulation differences

OHTOIEHE3 Ttom 52 Ne2 2021



