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HNHTepec K manopoTHUKAM KaK 00beKTaM OMOTEXHOJOTHUYECKUX UCCIIETOBAHWM OIpenesieTcs 0COOEHHO-
CTSIMU MX Pa3BUTHS U PEPOIYKIIMHT, 3HAHUE KOTOPBIX BaXKHO MJISI TOHUMaHUS TTyTel 9BOTIOIMY Ha3eMHBIX
pacTteHuii. B 0630pe mpoaHaM3upoBaHbI U 000OIIEHBI TaHHBIE JIMTEPATYPbl 00 y4acTUK (PUTOTOPMOHOB B
PEeTyJISILIMYA OHTOTeHe3a raMeTOMUTOB MAITOPOTHUKOB MPU KyJTbTUBUPOBAHUM in Vitro. PaccMoTpeH Bompoc
0 BO3MOXXKHOCTHY pa3MHOXEHMUS MAITTOPOTHUKOB ITyTeM UCITOIb30BaHMSI CITOP B KAYECTBE IKCILIAHTOB METOA-
mu in vitro. [lpoananu3upoBaHbl 3¢ (EKTHl 3K30TeHHOM 00pab0TKM IMTOKMHUHAMM, ayKCMHAMU, THO0e-
peJUIMHaMU, 3TUJIEHOM, KaCMOHOBOI KUCJIOTOI U OpacCUHOCTEPOUIAMU Ha MpopacTaHue crop, Mopdo-
JIOTHIO U pa3Butue ramerodura. O0CyKIaeTcs: pojib THOOEePE/UIMHOB U aHTepUANOTreHa B POPMUPOBAHUU
MOJIOBOTO TUMOpGU3Ma raMeTo(UTOB NarmopoTHUKOB. OGOOIIIEHBI JaHHBIE O HAPYIIEHUSIX TTOJIOBOTO MPO-
1ecca y ImarnopoTHUKOB, y4acTUU (PUTOTOPMOHOB B OOPa30BaHUM aIllOTaMHBIX CITOPO(MUTOB Ha TaJIOMax

raMmeTo(UTOB.

Karoueswie caosa: Polypodiopsida, criopbl, raMmeToduT, criopodut, KyabTypa in vitro, QUTOropMOHbI

DOI: 10.31857/S0475145020020068

BBEAEHUE

I[ManopoTHUKM — COCYAMCTBIE CIOPOBBIE pacTe-
HUSI — BMECTE C XBOIIIAMHU U IICUJIOTOBBIMU 00Pa3yIoT
knacc Polypodiopsida (PPG 1, 2016). ITo pa3HbIM
ouieHkaM HacuutbiBaroT ot 9000 mo 10600 BMmOB
(Smith et al., 2008; Christenhusz, Chase, 2014; PPG 1,
2016), mpeacTaBIeHHBIX HA3€MHBIMU, SMTU(GUTHBIMU
1 BOTHBIMU (popMaMu. XapaKTepHOI 0COOEHHOCTBIO
MAalIOPOTHUKOB SIBJISIETCS YepeaoBaHUE TTOKOJCHUIM,
KOTOpoe obecIieunBaeT He3aBUCUMOE pa3BUTHE Oec-
ITOJIOTO TTIOKOJIEHUST — CITOPOMUTA U MOJIOBOTO MTOKO-
neHus1 — rametodura. CriopoduTsl, Kak IIPaBUIIO,
MHOTOJIETHUE PACTeHUsI C Pa3IMYHON IPOAOIKU-
TEJIbHOCTBIO KM3HM, TOTJA KaK POCT U pa3BUTHUE Ta-
MeTO(UTOB MPOTEKaeT ObICTpEE.

l'ameToMUT MaIOPOTHUKOB pPa3BUBAETCS U3 CIIO-
PBI U SIBJISIETCS CBOOOIHOXMBYIIIUM (DOTOCUHTE3UPY-
oM opraHuzmMom (Sharpe et al., 2010). PazButue
TaJuloMa raMeToduTa HAYMHAETCS C IIPOpacTaHUs
criopel 1 (GOPMUPOBAHUS NPOTAUIMAIBHON HUTHU,
KoTopas nuddepeHIIMpyeTcs B JIOIATOBUIHEBIN IIPO-
TaJIJINiA, a 3aTeM B OJHOCJIOMHBIN TajioM, hopMa KO-
TOPOTr0 MOXeET U3MeHSThbcsa (ApHaytoBa, 2008). Ha
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TajuioMe TameToduTa GopMUPYIOTCS XKEHCKHUe (ap-
XEeTOHUM) U MYXCKHe (aHTepUIUMN) PEIIPOLYKTHUB-
HBbIE€ OpraHbl, oOpasymliue raMmeTsl. [Tocne omnono-
TBOPEHMS U3 3UTOThl Ha raMeTo(duTe pa3BUBAECTCS
criopodur. B manpHeiiiieM raMeToUT OTMUPAET, a
CTIOpOUT TEePEXOIUT K CAMOCTOSITEIbHOMY CYIIIe-
cTBOBaHMIO. Bo BpeMst pocTa 1 pa3BUTUS CIIOpoduUTa
00pa3yloTcd CIIOPAHTUM, CoAepsKalllle CITOPOTeHHYIO
TKaHb, U3 KOTOPOIA, B pe3yJIbTaTe Meiio3a, (hopMUPYIOT-
cs cnopsl (Banks, 1999; Apnayrosa, 2008). Paznuuaior
PaBHOCTIOPOBEIE (TOMOCITOPOBBIE) U Pa3HOCIIOPOBBIE
(retepocropoBbie) NarmopoTHUKU. PaBHOCIIOpOBbIE
MarOPOTHUKY TPOIYLUPYIOT OJWH TUIT CIIOP, TOTAA
KaK pa3HOCIOPOBBIE PAa3MHOXKAIOTCI IOCPEACTBOM
MEracrop XU MMKPOCHOpP, U3 KOTOPBIX 0OpasyroTcs
ramMeTo(UThI, TPOU3BOASIINE TOJbKO KEHCKHUE WA
MyxKckne rameTsl (Johari, Singh, 2018). ITogaBnsio-
mee OOJILIIMHCTBO COBPEMEHHBIX ITallOPOTHUKOB
SIBJISIIOTCSI PABHOCIIOPOBBIMU.

B oHTOreHe3e rameTo(prUTOB pAaBHOCHOPOBHIX IT1AIIO0-
POTHMKOB BBIIEJISIIOT YETHIPE MEpUOaa Pa3BUTUS: TIEP-
BUYHbIIA TIOKOM, BUPTMHWILHbIN, Ae(PUHUTUBHEIN, Ce-
HIWIbHBIA W BOCEMb OHTOI€HETHMYECKMX COCTOSIHUIA:
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cropa, IIPOPOCTOK, FOBEHWIHLHOE, UMMATyPHOE, BUPIH-
HIWIbHOE, Ne(PUHUTUBHOE, CYOCEHMIBHOE U CeHMITh-
Hoe (Illopuna, 1987; Bapa6anuiukoBa, 2009). Tum
pa3BUTHS TaJJIOMa OIIPeAcsIeT B JajibHeMIIeM (op-
My 3peJioro mportainus. B padore H.M. [lepxkaBuHoit
(2017) 0b6o0OI1IeHBI JaHHBIE KacaTeJIbHO Kaaccuduka-
uit popM pa3BUTHS TaJJIOMOB raMeTO(UTOB. ABTO-
pPOM OTMEUYEHO, YTO CYIIECTBYEeT Macca MCKIIOUEHUIA
U3 paCCMOTPEHHBIX B padoTe Kinaccudukaimit. OqHoi
W3 IPUYMH BapuadeIbHOCTH (hOPM TAJUIOMOB MOZKET
OBITH TOPMOHAJIFHAS PETYJISALINS MopdoreHe3a, KOTO-
pasi KOHTPOJIUPYETCSI HE TOJBKO COOCTBEHHBIM T'Op-
MOHOM aHTEPUINOIEHOM, HO U aHTepUOUOTeHAMU
JIpyTUX BUAOB IMariopoTHUKOB (Schneller, 2008).

I'aMeTO(UTHI TATIOPOTHUKOB SIBIIIOTCS UACAb-
HBIMU MOJEJbHBIMU OOBbEKTaMMU JIJISI HAOIIOAESHUS 3a
npoueccamu pocta U pasButus (Hickok et al., 1987;
Banks, 1999), ux jerko KyJbTUBUPOBATb in Vitro N0
coctossHus mojHoit 3penoctu (Raghavan, 1989;
Menéndez et al., 2010). Kpome Toro, oH1 MOTYT pa3-
MHOXAaThCd BETETATUBHO C 0Opa30BaHUEM KIIOHOB
rametodurton (Johari, Singh, 2018). MccinenoBanue
rameTo(UTOB B JJaOOPATOPHBIX YCIOBUSIX TTO3BOJISI-
€T BBISIBUTh OCOOEHHOCTHU BIIUSIHUSI PA3IUYHBIX K-
30Te€HHBIX (DAKTOPOB Ha MpOpacTaHHUe CIIOpP, POCT U
Mop@doreHe3 TajyioMa, IMOJOBOM nuMopdu3M, odpa-
30BaHUE 3UTOThI U (POPMUPOBAHUE 3aPOIBIIIIA CIIOPO-
dwura. 3onmmpoBaHHEBIE B KYJILTYPE if1 Vitro TaMeTOp-
ThI YCIIEITHO UCIIOJIb3YIOTCS [IJIsl U3ydeHUsI TeHeTude-
CKMX U (PUBHOJIOTMUCCKUX MEXaHU3MOB PETYJISILINT
pOCTa 1 pa3BUTHSI, YTO CITIOCOOCTBYET MOJTYYEHUIO HO-
BbIX HAHHBLIX OO0 3BONIOLMM Ha3eMHBIX PaCTeHUIA
(Banks, 1999).

IMporuieccol pocTa 1 pa3BUTHUS TamMeTo(UTa U CITO-
poduTa NMarnopoTHUKOB, KakK 1 MpeacTaBuTeeit npy-
TMX TAKCOHOB, KOHTPOJIMPYIOTCSI MHOTOKOMITOHEHT-
Hoit ropmoHanbHOIT cucteMoit (Haufler et al., 2016).
Onpenensionivm B XxapakTepe 1eicTBUsI GUTOTOpMO-
HOB SIBJISIETCSl MX KOHLIEHTpAalUs U JIOKIU3all1s B
OTHEIbHBIX OpraHaxXx M TKaHsix pacteHuit (Davies,
2010). braromapst TopMOHaIbHONI PETYJISILIMKA U BIIV-
SIHWIO0 3K30T€HHBIX (h)aKTOPOB ATAIbl peann3alnu re-
HETUYECKOM MTporpaMMbl paCTUTEILHOTO OpraHru3Ma
MOTYT YCKOPATHCS oo 3amemsaThes (Bradford, Tre-
wavas, 1994). Tak, ayKCUHBI BJIUSIOT HA MUTOTHYE-
CKMI LIMKJI, TIepeXo KJIEeTOK U3 COCTOSTHUSI MMOKOSI K
aKTUBHOU Tmiponudepaiiu, 3adeiiCTBOBaHbl B
3MOpPHO-, OpraHo- U MopdoreHese, pa3BUTUU KOpP-
HeBo#i cuctembl, (DOPMUPOBAHUU 1IBETKOB, CEMSIH,
mwionoB (Del Pozo et al., 2005; Ludwig-Muller, 2011).
I'u66epennunnl (I'K) KoopaMHUPYIOT TIPOLIECCHI Ae-
JIEHUsI U PacTSLKEHUsI KJIETOK, UHAYLIMPYIOT 1IBETe-
HUe€, PEryJMpYIOT T0JI, aKTUBUPYIOT 3aBsI3bIBAHUE U
pa3BUTHE IUIOJIOB, a TaKXe IpopacTaHUE CEMSH,
kyoHei u mykoBull (Peng, Harberd, 2002; Chandler,
2011; Daviere, Achard, 2013). B dopMupoBaHum aH-
TepUAMEB Ha MOBEPXHOCTU TameToduTa 3a1eicTBO-
BaHBI aHTepuauoreHbl (Al') — crienudpuueckue I'K-
nogo6HEIe TOpMOHHKI (Atallah, Banks, 2015). O6pa3zo-

BaHUE MYXCKOro rameTo¢uTa MpoOUCXOIUT MPU Bbl-
COKOM KOHIIeHTpaluu 3HIoreHHoro Al', B cirydae ke
€ro OTCYTCTBUSI (hOPMUPYETCS KEHCKUI TaMeTO(DUT.
Huzkas xonueHTtpauus AT oOycioBiIMBaeT pa3BU-
The aBynosioro 3apoctka (Haufler et al., 2016). AT
MOXET MPOHUKATh B TIOUBY Ha ITYOUHY OT OJTHOTO 110
nsaTHaguaty caHtuMeTpoB (Schneller, 1988). Breime-
JICHHBIM B MOYBY Ha CTaluU pa3BuUTUs npotanus Al
aKkTUBUpYeT mpopactanue apyrux crop (Chiou, Far-
rar, 1997), a Takxke MHOyUUpPYeT pa3BUTHE aHTEPUIU -
eB Ha OoJiee MO3THUX CTAIUSIX Pa3BUTHUS raMeToduTa
(Tanaka et al., 2014). AT urpaet BaxkKHyIO pOJib B BU-
1000pa30BaHUM W 3BOJIIOLIMU TIAMOPOTHUKOB, TMO-
CKOJIbKY OH CHOCOOCTBYET NMEPEeKPECTHOMY MeXTa-
METO(UTHOMY OIUIOAOTBOPEHUIO U (DOPMUPOBAHUIO
reHetudyeckoil rerepo3urorHoctu (Chiou, Farrar,
1997; Korpelainen, 1998; Tanaka et al., 2014).

Huroxunuasl (LIK) cTumMymmpyroT mponecchl ae-
JISHUSI ¥ pOCTa KJIETOK, 0Opa3oBaHUE ITOOETOB U3 KaJl-
JIyCOB B KYJBTYpE in Vitro, akTUBUPYIOT OMOIreHe3 U
nnddepeHIranno XJI0poIiacToB, MUHTUOUPYIOT POCT
anvKaJIbHOW MEpPUCTEMbI KOPHS, TOPMO3SIT MPOILIECC
CTapeHUsl JIUCThEB, PETYJUPYIOT MOKOH M IMpopacTa-
Hue cemsH (PomanoB, 2009). 11K Takxke BAuSIIOT Ha
YCTOMUYMBOCTh pacTeHUil K HeOJaronpusTHBIM BO3-
neiicTBUsIM okpyxatomei cpenbl (Ha et al., 2012).
AobcumzoBast kucnora (ABK), atuneH, BMecTe ¢ xKac-
MoHoBoii kucnoToil (2KK) u 6paccmHocTeponmamMu
(bC) oTHOCHATCS K (hbuTOropMoOHaM, KOTOpbIe 3aneii-
CTBOBaHbI B peaklivsx pacTeHU Ha abuOTUYEeCKUe U
omotnueckne crpecchl (Bartoli et al., 2013; Babenko
et al., 2015). ABK, moMuMo peryiasiiiuy 3allUTHBIX
mexaHu3MmoB (Vishwakarma et al., 2017), ynpasiser
MpolieccaMy TMOKOsI, NpOopacTaHusl CeMsH, Berera-
tuBHOTrO pocta (Finkelstein et al., 2008). ITpopacta-
HUE CeMsH, pa3BUTUE, CO3pEBaHMe TIJIOJ0B U CTape-
HUE pacTeHUid HaXOAWUTCS TOJ KOHTPOJEM 3TUJIEHA
(Pierik et al., 2006). KK perynupyer mpolecchl co-
3peBaHMsI CEMSIH M TLJIOAOB, POCT KOPHEM, CIocob-
CTBYET BbIXOJY M3 COCTOSIHUS TTOKOSI, UHAYLIMPYET 3a-
mutHble peakuuu (Hyun, Lee, 2008; Babenko et al.,
2015). BC — pacturenbHble UTOCTEpOUIBl (Arora
et al., 2008) — BAMSIOT Ha IIPOLIECCHI pocTa, (hopMu-
pOBaHUSI COCYAUCTONM CUCTEMBI, PEPOAYKIINIO, pa3-
Butue 1HBeTkoB M 1wionoB (Khripach et al., 2000).
KonTtponnpyst naruouropusie 3dpdextel ABK, opac-
CUHOCTEPOUIBI TTOJIOKUTEIBHO BIUSIIOT Ha Mpopac-
tanue cemsaH (Hu, Yu, 2014).

Crnopsl ¥ TaMeTO(PUTHI MAIIOPOTHUKOB aKTUBHO
WCIIONIB3YIOT TPU TIPOBEACHUU (PUUOIIOTUYECKUX
(Ballesteros et al., 2012; Zhang et al., 2016), reHeTH-
yeckux (Rutherford et al., 2004; Plackett et al., 2015),
mutonorndyeckux (Rodriguez-Romero et al., 2018),
ounoxumuyeckux (Nekrasov et al., 2019) u akoTOKCH-
KoJiormyeckux ucciaenoanuii (Garcia-Cortés et al.,
2018). D10 00yCIIOBIEHO MPOAYLIUPOBAHUEM IIAIIO-
POTHUKAMU OOJBIINX KOJUYECTB CIIOpP, MPOCTOTOM
X cOOpa M XpaHEeHMsI, JOCTATOYHO HECIOXKHBIMU Me-
TOJAMU MPOPAIMBAHUS U ITOCIIEIYIOMIETO KYIbTH-

OHTOT'EHE3 Ne 2
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BUpOBaHUEeM raMeToduToB. M3ydeHUE BIUSHUS K-
30Tr€HHBIX (DUTOTOPMOHOB Ha POCT U Pa3BUTHE TaMe-
TO(MUTOB OTKPHIBAET BO3MOXHOCTH JIJTsI TIOMCKA ITyTei
yIIpaBJICHUS 3TUMMU Tipouieccamu. Llenbio Halrero oo-
30pa ObLT aHAIM3 1 00O0IIIEHNE Pe3yJIbTATOB HAYIYHBIX
WCCJIENOBAHW, IOCBSILIEHHBIX W3YYECHUIO BIIMSTHUS
9K30reHHBIX (DUTOTOPMOHOB Ha IIPOpacTaHUE CIIOp,
perymsaiuio MmopdoreHesa, peaan3ayio MOJIOBOIO -
Mopdu3mMa ramMeTopuTOB, ONTUMM3ALIMIO PA3BUTUS
Ccnopo(UTOB HAa MOBEPXHOCTU TAJUIOMOB F'aMeTO(PUTOB.

BIIMAHWUE BK30TI'EHHBIX ®DUTOT'OPMOHOB
HA IMTPOPOCTAHME CIIOP

Ha npopacraHue criop MarnmopoTHUKOB BJIUSIIOT
pasznuuHble BHeIIHUE (akTopbl. Cpeau HUX: OCBe-
IIeH1e, TEMIIepaTypa, 3JeMeHThI mutaHus (Du et al.,
2009; Wu et al., 2010; Ballesteros et al., 2012; Juarez-
Orozco et al., 2013; Suo et al., 2015), rpaBuTaMs
(Edwards, Roux, 1998), TsKenble MeTa/uibl M IECTU-
muael (Draghiceanu, Soare, 2016; Soare et al., 2019),
MOYBeHHBIe MUKpoopranusMel (Ganger et al., 2019).
B ycnoBusx in vitro cmopsl, Kax IIpaBUJIO, ITpOpaIIi-
BaloT 0e3 J100aBJIeHUs PETYJISITOPOB POCTa, YTO KOC-
BEHHO yKa3bIBaeT Ha JOCTATOYHOE KOJIMIECTBO SHIIO-
T€HHBIX TOPMOHOB JIJIsl 3aITycKa U PeTYJSILUM TIpO-
necca (Pinto et al., 2013). Tem He MeHee, PK30reHHasl
00paboTKa, B 3aBUCUMOCTU OT KOHILIEHTpaluu Top-
MOHOB, CITOCOOHA YCKOPSITh JUOO 3aMeIUISITh IIPO-
pactanue criop (puc. 1). IlomoxureabHOe BIUSHUE
Ha IIpopacTaHUE CIIOP OKAa3biBalOT r'MOOepeIMHEL.
Tak, naTuMuHyTHas1 00paboTKa ciop Athyrium multi-
dentatum (Doll.) Ching 20 Mr/1 ru66epesioBoit Kuc-
soroii (I'K5), a Takke BHeceHue 10 Mr,/J1 ropMOHa B MU -
TaTeJIbHYIO cpefy yiydiiaio rpopactaHue (Guo et al.,
2007; Zhang, Yang, 2011). I'K; B koHueHTparuu 0.15 %
x 1077 r/n yckopsya npopactaHue crnop Preridium
aquilinum (L.) Kuhn (Zhang, Niu, 1999). 3Hauutenb-
HO OoJiee BhICOKME KOoHIIeHTpauu ropmoHa (0.5, Su
50 uM) akTUBUpOBAJIM MpopacTaHue criop Blechnum
spicant L. (Fernandez et al., 1997). Hamu 6bL10 mToka-
3aHO, 4TO BbICOKMe KoHLeHTpamu ['Ky (1073 1 10~ M)
CYIIECTBEHHO TOPMO3WJIM mpopactaHue crnop Polys-
tichum aculeatum (L.) Roth., Torma kak 6osiee Hu3KuMe
koHueHtpauuu (1077 u 10~ M) yckopsiiu 310T Ipo-
ecc (Babenko et al., 2018). B To e BpeMs U3BECTHO,
YTO CITOPBHI HEKOTOPBIX BUAOB MAIIOPOTHUKOB HEYYB-
CTBUTEJbHBI K THO60epesinHaM. B yactHocTu, ['K; He
BIMSJIa Ha mpopactaHue cnop Preridium aquilinum
var. latiusculum (Desvaux) L. Underwood ex A. Heller
(Zhai et al., 2007) u Sphenomeris chinensis (L.) Maxon
(Ren et al., 2008). TToka3zaHo, uto I'K; ynyuinana
npopactanue crnop Preridium aquilinum, Polystichum
munitum (Kaulf.) Presl. m Polypodium feei (Bory)
Mett. B temHoTe (Weinberg, Voeller, 1969). I'n66e-
pesunsbl I'K;, 'Ky, IT'K; u I'K; uHaynimposanu npo-
pactaHue cniop Anemia mexicana Klotzsch v Anemia
phyllitidis (L.) Sw. B TeMHOTe, IIpudeM OoJice UyB-
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CTBUTCJBHBIMU OKa3aliuch CcIOpbl A. phyllitidis
(Nester, Coolbaugh, 1986). HauGonbmmii a¢pdekT
npossisum 'K, u 'K, Torna kak I'K; 6pu1a MeHee ag-
dextuBHoit (Nester, Coolbaugh, 1986). I[NTomoxureasb-
Hoe BusiHue I'K;, T'K,, 'Ky Ha mpopactaHue cniop B
TeMHOTe MOKa3aHO Takxke mist Lygodium japonicum
(Thunb.) Sw. (Sugai et al., 1987). ['u66epenIuHbI He
BJIMSUIM Ha IIpopacTaHue cIiop Schizaea pusilla Pursh
B TeMHoTre (Guiragossian, Koning, 1986), omnako
MPY UCTIOJIBb30BAHUU KPACHOTO CBETa CTUMYJIUPOBaA-
Ju npouecc, pudyeM 3¢hdexT 'K, okazancs 6onee
BbIpaxXeHHbIM, ueM 'K, , ;. OcobeHHOCTU BAUSTHUS
I'K; Ha mpopacTtanue criop L. japonicum B TEMHOTE U
MPY OCBEIEHUU MO3BOJWIN aBTOpaM MCCJIeTOBaHUS
(Kagawa, Sugai, 1991) mpeamnonoXunTh, 4TO KpaCHBII
CBET aKTUBHUPYET OMOCHHTE3 TMOOEpeNIMHOB, YTO
MPUBOAUT K YIYUYIIEHUIO TPOPACTaHUS CITOP.

Cnopsl Campyloneurum angustifolium (Sw.) Fée,
C. pwyllitidis (L.) C. Presl., Lepisorus thunbergianus
(Kaulfuss) Ching, Microgramma heterophylla (L.)
Wherry, Phymatosorus scolopendria (Burm. f.) Pic.
Serm. u Polypodium pellucidum Kaulf. mpopactranu B
MIPUCYTCTBUM COOCTBEHHOTO aHTEPUANOTeHa, KOTO-
DPBHIN TaKKe MHIYIIMPOBAJI pa3BUTHE aHTEPUANEB Ha
npotauu (Chiou, Farrar, 1997). HanmpoTus, ciopbl
Phlebodium aureum (L.) J. Sm. Ha cobcTBeHHBIA Al
He pearupoBajii, a IpopacTaiu B IPUCYTCTBUU aHTE-
punuoreHa Buna Pteridium aquilinum (Alp), nipu
oToM Al'p, He MPOSIBISLT BUIOBOI CrieUUYHOCTU U
TTOJIOKUTENTFHO BJIMSIT Ha TIpOpacTaHue CIop U pas-
BUTHE aHTEPUINEB BCEX MEPEUMCICHHBIX BBIIIE BU-
JI0B MariopoTHUKOB. C Ipyroi CTOPOHbI, aHTEPUANO-
reH Ph. aureum CTUMyIMpPOBaJ TIpOpacTaHUe CITOP
Onoclea sensibilis L. (Chiou, Farrar, 1997).

HccnenoBanusi 3¢@deKToB LIMTOKUHUHOB U ayK-
CUHOB Ha MpopacTaHue Cop NalOPOTHUKOB HEMHO-
rourcieHHbl. CuHTeTndyeckuii aykcux 2,4-1 (2,4-nu-
XJIOPHEHOKCUYKCYCHAasI KUCI0Ta) He BJIMSUT Ha Ipopac-
taHmMe criop Pteris longifolia L. (Strickler, 1946) u
Alsophila odonelliana (Alston) Lehnert (Bonomo,
2013). HamMu OBLIO yCTAHOBJIEHO, YTO 3K30TCHHAS
o6pabotka 6-6eHsmnamMmuHoMypuHoM (BAIT) B KoH-
uentpauun 107> M CyllecTBEHHO TOPMO3MJIa IIPO-
pactanue crop Polystichum aculeatum, a ipu KOH-
ueHTpauuu ropMoHa 1076, 10~7, 1078 M ctumyaupy-
o1t apdext orcyrctBoBai (Babenko et al., 2018).
B npyrom nccnenosanuu (Bonomo et al., 2013) coo6-
majock, yto BausHue BAIl B konuenTpammsax 0.01,
0.1, 1.0 Mr/n Ha mpopacTtanue cniop Alsophila odonelli-
ana ObUIO cn1ado BeIpaxkeHHO. JloOaBieHUe B cpeny
BAII u 'K, yckopsiio mpopactanus criop Pteris iner-
mis (Rosenst.) Sota, Torna kak otnensHo BAIT Ha ripo-
pacraHue criop cyuiectBeHHo He Bausut (Tanco et al.,
2009). Hamu (Romanenko et al., 2019) 6b110 nokasa-
HO, 4To 3K30reHHble LIK kuHetnH, BATT, N°®-2-u30-
neHteHunaaeHuH (MITA) nHrubupoBaau npopacra-
Hue cniop Dryopteris filix-mas (L.) Schott, mpu aTom
a(pdexT ObUT IMpsSIMO IIPONOPLMOHATEH KOHIIEHTpa-
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Sphenomeris chinensis
I Schizaea pusilla

( Campyloneurum angustifolium
Campyloneurum phyllitidis
Lepisorus thunbergianus
Micrigramma heterophylla
Phlebodium aureum
Phymatosorus scolopendria
Polypodium pellucidum
\ Onoclea sensibilis

Prteris longifolia
Alsophila odonelliana

L Onoclea sensibilis
[ Ceratopteris richardii
[ Polystichum lonchitis

( Anemia phyllitidis \

Anemia mexicana
Athyrium multidentatum
Blechnum spicant
Lygodium japonicum
Polystichum aculeatum
Polystichum munitum
Polypodium feei

\ Pteridium aquilinum /

Dryopteris filix-mas ]

Alsophila odonelliana
Polystichum aculeatum
Prteris inermis

.........................................

.........................................

Matteuccia struthiopteris
Mohria caffrorum

Puc. 1. ®uroropMoHaibHas peryisiius npopactaHus criop. O603HaueHUsI: CIUIOLIHAS JIMHUSI — MMO3UTUBHOE NEUCTBUE; U -
HEWHBIN IMYHKTUP — HETaTUBHOE, TOYSYHBIN IMyHKTUP — HeliTpanbHoe, 'K — rm66epemnunnl, AI' — antepuauoreH, LIK — -
TOKWUHUHBI, Ay — QYKCUHBI CUHTeTHYecKue; OT — atmieH, KK — xxacmoHoBas kuciora, ABK — abcumsosas kuciora,
BC — 6paccuHocTepouabl (IIpUBEICHHBIC CBEICHUS afanTUpoBaHbl U3 Suo et al., 2015 1 1OIOJHEHBI).

1y ropMoHa. Okazanoch, YTO HaMOOJbIIIMI MHTUOU-
pytomuii 3ddpext mnpossisi WUITA. IlomoxurenbHO
BJIMSIT HA MpoOpacTaHue CIop 3eaTUH, KOHLIEHTpalus
ropmoHa 107 M 6bu1a camoii apdextusHoil (Roma-
nenko et al., 2019).

B pa6otax npyrux aBropoB (Jarvis, Wkikins, 1973;
Chia, Raghavan, 1982) coo611anoch, 4To 3K30reHHast
ABK B xoHLIeHTpanmu 10 Mr/71 He BausiIa Ha mpopac-
TaHue criop Mohria caffrorum Sw. u Matteuccia struthiop-
teris (L.) Tod. B To Xe BpeMs ObUIO ITOKA3aHO, YTO
ABK B KOHIIeHTpalIi1 5 MT'/JI HOJTHOCTBIO OJIOKHPO-
Basia mpopacTtaHue cnop Lygodium japonicum (Swami,
Raghavan, 1980).

DTUJIEH B TEMHOTE MHTMOMPOBAJ MpOpacTaHue
criop Onoclea sensibilis, omgHaKO TIp¥M HOPMAaJIbHOM
ocselleHun go 50% crnop mpopactaio (Edwards,
Miller, 1972; Fisher, Miller, 1975). ®@oTtouHIyLIMpO-
BaHHOe 1npopacTtanue criop O. sensibilis peryaupoBa-
JIOCh Ha YpOBHE aHTarOHMCTUYECKOTO B3aMMOJEii-
ctBus Mexny CO, u atmieHoM. Ecim aTuieH 1moinHo-
CTBIO YTHETal MNpopacTaHue CIop B TEMHOTE, TO B
JaJIbHEHIIIeM TaKoe MHIMOMpOBaHNE YaCTUYHO yCTpa-
HSUIOCh MpU ocBellleHuu U obpabotke CO, (Edwards
1977). O6paboTKa Criop 3TUIEHIIPOIYLIEHTOM 2-XJIOP-
STIIIPOCHOPHOI KMCIOTHI YCKOPSIJIa BCXOKECTh CBE-
KecoOpaHHBIX U Heapenbix criop Ceratopteris richardii
Brongn., omHaKO MHrMGMpoBaia IMpopacTaHue 3PeTbIX

u JIuTenbHo xpaHuBmimxcss crnop (Warne, Hicko,
1987). IlonyyeHHbIe pe3yJibTaTbl MO3BOJWJIN aBTO-
paM TIpEANOJIOKHUTh, 4YTO 2-Xjaop3TuiipochopHas
KHCJIOTa YCKOPSIET MPOLIECChl CO3PEBAHUST HE3PEIBIX
CIIOp U CTapeHMUSsI 3pEJIbIX, 3 OOBSICHSIETCS 3TO BEICBO-
OOXIeHMEeM 3THJIEHA TIPW TUIPOJIN3E 2-XJIOPITHUII-
dochopHOIT KMCIOTHI 1 MOCASAYIOLISH aKTUBalluei
TOPMOHOM BBIIIEYIIOMSIHYTBHIX IIpolieccoB (Warne,
Hickok, 1987).

KK He Bnusina Ha mpopactanue ciop Platycerium
bifurcatum (Cav.) C. Chr., oqHaKko, aKkTUBMpOBaJja paH-
Hee pas3BuTve U pocT pusonnoB (Camloh et al., 1996).
CrenyeT OTMETUTBh, 9YTO IMomoOHbIe 3 dekTh KK u
ABK Habmonanuch mpu MpopacTaHUM CEMsIH BbIC-
mux pacreHuii (Wasternack, 2007).

BpaccuHocTeponIbl YIIydIaay IIpopacTaHue CIIop
Polystichum lonchitis (L.) Roth. 'opMoH B KOHIIeHTpa-
unn 107 M 6bur Hanbosee 3¢ PeKTUBHBIM. B TO Xe
BpeMst BC yrHetanu npopactanue Pteridium aquilinum
¥ He BIMSUIM Ha criopsl Preris vittata L. (Gémez-Garay
etal., 2018). ITo MHeHUIO aBTOPOB HccnenoBaHus (GoO-
mez-Garay et al., 2018), Bmustnue BC cBsizaHo ¢ 0oOpa-
3oBaHMeM aHTepuauoreHa. Criopel P aquilinum n
P, vittata 611 OCTaTOYHO YyBCTBUTEILHEI K A" (G6-
mez-Garay et al., 2018), Torna kak B criopax P, lonchitis
KOJIMYECTBO CHUHTE3UPYEMOro TOpPMOHa OKa3ajoCh
Hu3kuM (Pangua et al. 2003). HemaBHue nccienoBaHmus
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TIOKa3aJin, 4To 3K30reHHbIe BC momaBisTIoT GMoCHHTE3
sHporeHHBIX BC, a Takke aKTUBUPYIOT T€HBI, OTBE-
yane 3a akTuBHOCTh ['K;-okcumaswl, 3H3MMa
y4acTBYIOIIETO, B MHAKTUBAIlUM TUOOEpEUIMHOB
(Tong et al., 2014).

BIIMAHUWE DK30TEHHbBIX DUTOI'OPMOHOB
HA MOP®OT'EHE3 TAMETO®HMOB
B KVJIbTYPE IN VITRO

l'ameToduTaM NMarrOpOTHUKOB CBOMCTBEHEH Tajl-
JIOMHBIN THI MOP(MOIIOTUYECKOM opraHu3anuun (Ap-
HayToBa, 2008). OcobeHHOCTH Pa3BUTUSI TaMeTO(pN-
TOB B KYJIBTYpE in Vitro IpoaHaJIu3MPpOBaHbI B paboTax
(Illemuxan, Hekpacos, 2018; Rivera et al., 2018). B
TabJI. 1 MBI IPeACTABUIIN UMEIOLIMECS B HAYIHOM JIH-
TepaType JaHHBIE O BJIMSIHUM 9K30TeHHBIX (PUTOrop-
MOHOB Ha MOp¢OreHe3 raMeTo(PUTOB MAITOPOTHUKOB.

Munomun-3-ykcycHast kuciaora (MYK) crnoco6-
CTBOBAJIa YIUIMHEHUIO TIpOTOHeMBI Onoclea sensibilis B
KynbType in vitro B TemHore (Miller, 1961). Huskue
KOHIIEHTpAIIMX TOPMOHA BbI3bIBAJIU YBEJIUUCHUE YK C-
JIa KJIETOK M 3HAYMTEJIbHOE BHITITUBAHKE TTIPOTOHEMBI,
TOTJa Kak MpHu BbIcoKoi KoHeHTpam MYK mpoto-
HEMBI COCTOSUIM U3 MEHBIIIETO KOJIMYECTBA KJIETOK U
npuodpeTaa KoMmakTHyo dopmy (Miller, 1961). B
BbICOKOI KoHUeHTpauuu MYK yrHerana nemeHue
KJIETOK B IpoToHeMmax Pteridium aquilinum (Sobota,
Partanen, 1967). B To ke BpeMsT ayKCWH He BIIMSIT Ha
pazButHe rametoduta Anemia tomentosa (Savigny)
Swartz var. anthriscifolia (Schrader) Mickel (Castilho
et al., 2018). UYK, unngommi-3-auetonurpui (MAH)
M CUHTETUYECKUI ayKcuH 2,4-]1 Takke aKTUBUpPOBa-
JIV IeJIeHUe KJIEeTOK U MHIYLIMPOBAIN Pa3BUTHUE HUT-
YaThIX TAJUIOMOB Y Lygodium japonicum (Swami, Ra-
ghavan, 1980), onnako, B komOuHaluu ¢ ABK ato
BJIMSIHUE HUBEJIMPOBAJIOCh, BCAEACTBHE YEro pa3Bu-
BaJINCh MeHee UTMHHBIC, PacIIMpeHHBIE TaJJIOMEL.
NYK xoutponupoBana obGpa3oBaHUE PU3OUOOB Y
Platycerium coronarium (Koenig) Desv. (Kwa, 1995).
CuHretnyeckue aykcumHbl HadptmaykcycHas (HYK)
u 2,4,5-rpuxnopdeHokcuykcycHas (2,4,5-T) kucio-
Thl MOAABJISIIA aKTUBAIUIO OOKOBOI MEPUCTEMBI y
Ceratopteris richardii, B pe3yJbTaTe 4€ro U3MeHSJIaCh
dopma tautoma (Gregoric, Fisher, 2006). HYK cmo-
coOCTBOBaJIa Pa3BUTHIO KpaeBbIx puzounoB y Cera-
topteris thalictroides (L.) Brongn., Torna Kak B KOHTpOJIE
OHM (HOPMHUPOBAINCH B 0a3aJbHOW YacTW TajuioMa
(Hickok, Kiriluk, 1984). O6pabotka 2,4-/1 yBe1uamnBa-
J1a pa3Mephl KieTok rpotauius C. thalictroides, a Takke
WHULIMMPOBAJIA Pa3BUTHE YIUTMHEHHBIX TAJLIOMOB. BhI-
COKVE€ KOHIEHTpALIMU 3T IBYX CHUHTETUYECKUX ayKCH-
HOB OKa3bIBAJIN JIETAIBHOE TeHCTBHE Ha pa3BUTHE Ta-
metodpuToB C. thalictroides: mocie TipopacTaHUS CIIOPHI
JMAJTbHENUIINIA pocT TTpoToHeMbI npekpatnaics. YK u
nHaonmiI-3-macistHasa kuciaoTra (MMK) He okasbiBamu
CYIIECTBEHHOTO BJVSHUS Ha (OPMY TALJIOMOB M POCT
pusounos C. thalictroides (Hickok, Kiriluk, 1984). ITpu-
MEHeHWe KaK HU3KHMX, TaK M BEICOKMX KOHIICHTPAITHiA
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UMK vy Blechnum spicant oTpALIaTeIbHO CKa3bIBAJIOCh
Ha pocTe raMeTo(UTOB Ha BCEX BTalaxX OHTOTeHesa,
CMOCOOCTBOBAIO MOSIBJICHUIO OOJIBIIIOT0 KOJIWYECTBA
3apOoCTKOB 0e3 pa3BuToii MepucteMnl (Fernandez et al.,
1997). Ilpu HusKoii KoHLeHTpaluu 2,4-J1 o6pa3oBbI-
BaJINCh CWJIBHO BBITSHYTBHIE IIpoTayumuu y Alsophila
odonelliana, a ¢c yennieHNEM KOHIICHTPALIMK ayKCHHA
POCT raMeTo(PUTOB 3aMeISIIICS,, TAJUIOMbI ObUTU BBITS -
HYTOI1 (hOpMBI CO ¢JIa00 BhIpaKeHHOIT BhieMKOI (Bono-
mo et al., 2013).

I'K; B BbICOKOI1 KOHIIEHTpallUX MOMNAaBIsLIa POCT
npotayus Lygodium japonicum, TOraa Kak B HU3KOM —
He Biusiia Ha ero passutue (Takeno, Furuya, 1977),
WINA CIIOCOOCTBOBAJa pacTsDKEHUIO KJIIeTOoK (Swami,
Raghavan, 1980). V Blechnum spicant nobGaBieHue B
cpeny I'K; B koHuentpauusx 0.5, 5 u 50 uM cyuue-
CTBEHHO MHTMOMPOBAJIO POCT TamMeTo(UTOB Ha BCeX
aTalax OHTOreHe3a U IMPEISITCTBOBAJIO Pa3BUTHIO
cnopodutos (Fernandez et al., 1997). I'K; Bnusiia Ha
KJIETOYHOE JIeJIeHUe B IpOTAILTUSIX Anemia phyllitidis,
YTO MPUBOAUIO K YMEHBIIEHUIO CKOPOCTU JEeHUS
KJIETOK M 00pa30BaHUIO TAUIOMOB MEHBIIMNX pa3Me-
POB, a POCT MPOTAJUIUS OCYIIECTBJISICS 32 CYET pac-
TSDKEHUST OTHeNbHBIX KieTok (Kazmierczak, 1998,
2003). ITonobHble 3(ddhexThl oTMeueHbl U Wist Os-
mundastrum cinnamomeum (L.) C. Presl, y koToporo
TOPMOH B HU3KOI KOHIIEHTPAllUW 3HAYUTEJIbHO yBe-
JIMYXBAJl pa3Mepbl TPOTAJIJINS, TOTAA KaK MPU YBEJIU-
YEeHUM KOHLEHTpALlMU pa3Mep TajlioMa ObUT MEHbIIIE
koHTpoJsg (Hollingsworth et al., 2012). Hamu uccie-
noBanus (Babenko et al., 2018) moka3anu, 4To BBICO-
kue koHueHtpauuu I'K; yrHeranu dopmuposaHue
MepUCTEMBI U CITOCOOCTBOBAJIN MOSIBJIECHUIO HEOOIb-
IIUX BBITSHYTBIX TaJUJIOMOB 0€3 XapaKTepHOU cepli-
neBuaHO popmel y Polystichum aculeatum. C yBenu-
yeHueM KoHueHTpauuu ['K; Habmomanuch, aHoMa-
JINA B pa3sBUTUU MEPUCTEMBI, CEpALIEBUIHAS opMa
TaJlJloMa MPUCYTCTBOBaJIa, OTHAKO UMeJia HEPOBHBI
Kpaii 1 nedpopMupoBaHHYIO BhleMKY (Babenko et al.,
2018).

Hutoxununsl BAII, UTTA 1 KMHETUH UHIYLM-
poBanu MopdoreHe3d y ramerodutoB Ceratopteris
richardii, BEIpallIeHHBIX B TEMHOTE, BJIMSIJIN Ha CKO-
POCTh pocTa, AcjeHne N U depeHIInanmnio KIeTOK
(Spiro et al., 2004). O6paboTtka s3Tumu LIK B KoHIIEeH-
tpauuu 10~12 M criocobcTBOBaIa YMEHBILIEHUIO IJTU-
HBI KJIETOK, YCKOpsijIa UX JieJIeHEe B alTMKaJIbHOI 30HE
MPOTAJUTNS, MHAYLIMPOBaia oOpa3zoBaHue pu3onaoB. C
MOBBILIEHNEM KOHIIEHTpAll TOPMOHOB aKTHUBUPOBA-
JIOCh (pOopMUPOBAaHNE MEPUCTEMBI 1 allMKaJIbHOMN BBI-
€MKU, TIpY 3TOM HanboJjree akTUBHBIM ObLT BAIT (Spiro
et al., 2004). ITocme o6pabotku BAII BEICOKOIT KOH-
LIEHTpAallMd pasMep MNpOTaIus BBIpPAIIEHHBIX Ha
cBeTy rameToduToB C. richardii 3Ha4UTEIILHO YMEHBb-
mancsa. CHUXEeHUe KOHIEHTpAalluu TOPMOHA Cylle-
CTBEHHBIX M3MEHEHUII B pa3BUTUU TamMeTopuTa He
BBI3EIBaJIO (Spiro et al., 2004).
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Taomma 1. BiaustHue 3K30re HHBIX (PUTOrOPMOHOB Ha MOp(doreHe3 raMeTo(UTOB B KYJIBTYPE in Vitro

Konuenrpamus
Bun duroropmon duToropMoHa BddekT putoropMmoHa WcTounuk
AYKCHWHBI
Onoclea sensibilis nyK 10°M YKOopoueHHBIe IPOTOHEMBI, yMeHb- | Miller, 1961
IIIeHUe KOJIMYeCTBa KJIETOK B MPO-
TaJUTun
1076, 1077, 1073 M | BeITATMBaHME MPOTOHEMBI, AKTUBA-
LYl TeJICHUST KJIETOK
Preridium aquilinum| YK 105 M NurnbuposBaHme KIeTOIHOTO Sobota, Partanen,
JeJIeHUsI, KOMIaKTHas1 popMa 1967
MIPOTAJLITHS
Lygodium japonicum| YK 2 Mr/n Hwutyaras ¢popma TajuioMa, aktuBa- | Swami, Raghavan,
2,4-11 0.01—5.0 Mr/n LIVF KJIETOYHOTO JAEJICHUS 1980
NAH 5 Mr/n
Ceratopteris thalic- |2,4-]1 1074 M JletanbHoe neiicTBue Hickok, Kiriluk, 1984
troides
1075,10°M VYBennuyeHre pa3MepoB KJIETOK,
oOpa3oBaHue YIJTMHEHHBIX
TaJUIOMOB
HYK 1074 M JletanbHOE nelicTBue
1076, 107" M PaszBurture KpaeBbIX pU30UIOB
YK, UAH 1075, 107%, 10~7 M | Helitpanbroe neiictue
Platycerium coro- |HNUYK 80—100 uM AKTUBalUs pOCTa pU30UIOB Kwa, 1995
narium
Blechnum spicant MK 5,50 uM HMHuruduposanue GopMupoBaHUs Fernandez et al., 1997
MEPUCTEMBI
Ceratopteris richardii | HYK 1075 M HNHrn6upoBanue aktuBHOCTH 60KO- | Gregoric, Fisher, 2006
2.4.5T 10— M BOI MEPUCTEMBI, (bf)pMI/IpOBaHI/Ie
TaJJIOMOB OKPYIJIOit (DOPMBI
HeOOJIBIIOro pa3Mepa
Alsophila odonelli- |2,4-]1 0.1 mMr/n O6pa3oBaHue yIIMHEHHBIX HUTe- | Bonomo et al., 2013
ana BUIHBIX ITPOTAJIINEB C pa3BETBIIE-
HUSIMU
2 Mr/n O6pa3oBaHlE YKOPOUEHHBIX HUTE-
BUIHBIX TPOTAJIIINEB
Anemia tomentosa | YK 2.8;5.4; 11.4 uM HeittpansHoe nelictBue Castilho et al., 2018
T'MBBEPEJIJIMHBI
Lygodium japonicum| I'K; 1074, 10°M TopmoxxeHre pocTa NPOTALIUS Takeno, Furuya, 1977
107%, 107" M PacTsoxeHue Ki1eTOK MpOoTaIns Swami, Raghavan,
1980
Blechnum spicant I'K; 0.5,5u50 uM MurudupoBanue pocra rametoduros | Fernandez et al., 1997
Anemia phyllitidis | TK; 1075 M, 30 uM PactsixkeHue KJ1eToOK, CHUXEHUE Kazmierczak, 1998;

KJIETOYHOTO JeJICHUS B BETeTaTUB-
HBIX KJIeTKaX, 00pa3oBaHUe TaJlJIO-
MOB HeOOJIBIIIOrO pa3Mepa

Kazmierczak, 2003
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KonueHnrpanus
Bun duroropmon LeHTpall BddekT puToropMmoHa Hcrounnk
duToropMoHa
Osmundastrum 'Ky 1074 M VBennuyeHue pasMmepoB npotaums | Hollingsworth et al.,
cinnamomeum 2012
103 M O0pa3oBaHUE TaJULIOMOB HE0OJIb-
IIIOTO pa3Mepa
Polystichum I'K; 1075,10°M O6pa3oBaHU€ TAJULIOMOB HEOOJIb- Babenko et al., 2018
aculeatum 11I0TO pa3Mepa BBITSIHYTOI (hOpMBI
1077, 10 M O06pa3oBaHUEe HECUMMETPUYHBIX
CepILIEBUIHBIX TAJIJIOMOB ¢ nedop-
MUPOBAHHOW BbIEMKOM
HUTOKMHUWHBI
Ceratopteris richardii | BAI1, UT1A, 1072, 108, 10-7 M | AKTHBaIKs 0Opa3s0BaHUSA MEPU- Spiro et al., 2004
(6e3 ocBellleHUsI) | KUHETUH CTeMBbI U BBIEMKU, MHAYKLMS (pOTO-
MopdoreHesa
1072 M CHIXeHUE pacTSKeHUS KIIETOK,
nHAyK1us poroMopdoreHesa,
aKTUBAlUS KJIETOYHOTO JIeJICHUST U
00pa3oBaHMsI pU3OUIOB
Ceratopteris richar- | BAI1 107 M YMeHbIIeHre pa3MepOB IPOTAJUIUS
dii (c ocBellieHUEM ” "
( t ) 107°M HeiitpansHoe neiicTBue
Blechnum spicant BAII 0.5; 5; 50 uM HMHuruduposanue GopMupoBaHUs Fernandez et al., 1997
MEPUCTEMBI
4.44 uM Jedopmanms TauioMa, orcyrctBre | Menéndez et al.,
cepaleBUIHON GOPMBI 2009
Osmunda regalis Kunerun 0, 1 nM VBenndeHUE pa3MepoB TaAJUIOMA, Greer et al., 2012
CTUMYJIMPOBaHUE Pa3BUTHUS alli-
KaJJbHOM MEepUCTEMBI
1073, 104 M VYMeHbIlleHUe pa3MepOoB TajloMa,
nedopmMaiust BeleMKU
Alsophila odonelliana | BAT1 0.01, 0.1, 1 mMr/n O06pa3oBaHMe HUTYATHIX U pa3BeTB- | Bonomo et al., 2013
JICHHBIX TIPOTAJIJIUEB
Polystichum BAII 105,107, 10~7 M | biioxuposanue passutust HopManb- | Babenko et al., 2018
aculeatum HOI1 IPOTOHEMEI, TTOSIBJICHUE
HECKOJIBKMX MTHUILIMATBHBIX KIIETOK
108 M OO0pa3oBaHu€e NPOTALUIMEB C pa3-
BETBJICHUSIMU U HEPOBHBIM KpaeMm
Dryopteris filix-mas | UTTA 1075,10°M BrokupoBaHue pazButust Hopmaib- | Romanenko et al.,
HOIi IPOTOHEMBI, yMeHbIlIeHue pa3- | 2019
MEPOB IPOTAJIINUS, UTHTUOMpPOBaHUE
pPa3BUTUSI PU3OUIOB
HIIA 1077, 10 M OO6pa3oBaHUE BBITSIHYTHIX TAJIJIOMOB
BAIl, xunetuHn, | 10> M AKTHUBalMsI pa3BUTHUSI PU3OUJIOB,
3eaTuH 00pa3oBaHue TAVIOMOB ¢ AedhopMa-
LIUSIMU
BAII, kunetuH, |10~7, 108 M AKTHUBaIMS KJIETOYHOTO JIeJICHUS,
3eaTuH yBeJIMYEHUE Pa3MEpPOB TaJlJloMa
OHTOTEHE3  ToMm 51 Ne 2 2020
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Konuenrpamus

duroropmon
duTOoropmMoHa

Bun

BddekT puToropMoHa

Hcroynnk

Abcnm3oBas
KHCIIOTa

Lygodium japonicum 0.5, 1 mr/n

MurnbupoBaHmne KJIETOYHOTO AeiIe-
HUS, GOpMUPOBAaHUE YKOPOUYEHHBIX
MIPOTaJINEB

Swami, Raghavan,
1980

Ceratopteris richardii 1074 M

MurubuposaHue pocTta pu30ouIoB,

Hickok, 1983

AKTUBHOCTU MCPUCTCMbI

107°M

AKXTUBHpPOBaHUE POCTAa PU3OUIOB,
pa3BUTHE TAJLIOMOB MEHBIIIETO pa3-
Mepa

Onoclea sensibilis OTHiaeH 0.01—1000 ppm

HMurubuposanue kineroyHoro nene- | Miller et al., 1970
HUs, pacTSKEeHUE KIIETOK, YIJTMHE-
HUE HUTU TPOTOHEMBI, TOPMOXKEHME

pocTa pu301Ua0B

KacMoHOBast
KHCIIOTa

Anemia tomentosa 0.01; 1; 10 uM

AxTuBHBII pocT TajutoMa u pasButue | Castilho et al., 2018

CItopoUTOB Ha €ro MOBEPXHOCTH

Platycerium bifur- 0.01, 1 uM

calum

AKTUBaLWMS AeeHUs KJIETOK, nepe- | Camloh et al., 1996
XO4, OT HUTYATOM K JIOIIaTOBUIHOMI
dopMe, yBeIUdeHEe KOJIMYEeCTBa

U JUIMHBI pU30UI0B

10, 100 uM

HMHrnbupoBaHue BceX pOCTOBBIX
MPOIIECCOB

IMpumeuanwue. 2,4-J1 — 2,4-nuxiaopdeHokcuykcycHast kuciora; 2,4,5-T — 2,4,5-tpuxnopdeHokcunykcycHas kuciora; BAIl — 6-6eH-
swtamuHoMmypuH; I'K3y — rm66epennosasa kucinora; UMK — nanommn-3-macnsiHaa kuciora; MITA — NP-2-n30neHTeHWIAIEHIH;
MNYK — nnnonui-3-ykcycHas kuciota; HYK — HadTunykcycHast kuciiora.

HobGaBneHre MUKPOMOJISIPHBIX KOHIIEHTpaLnit
BAII B cpeny BblpaimBaHusi Blechnum spicant BbI3bIBa-
JIO 3amep:kKy pasButus nportamis (Menéndez et al.,
2009), nonapieHue GopMUpOBaHUE MEPUCTEMBbI, MH-
rubupoBaio passutue cnopoduroB (Fernandez et al.,
1997). BHeceHMe KMHETHHA B KYJIbTYPaJIbHYIO CPENy
rametodutoB Osmunda regalis L. 10Ka3ajo, 4to ¢
yBeJIMYEHUEM KOHIIEHTpallMM TOPMOHA pa3Mep Cepl-
LIEBUAHOTO TajlJloMa YMEHbIIWICS, nehOpMUpPOBaIach
BbIeMKa MEXIY JIONacTSIMU, UHTMOMPOBAIOCH Pa3BU-
THE anmKaiabHoIT MepucteMsl (Greer et al., 2012). ITpu
BhIpallluBaHuM rametodurta Alsophila odonelliana B
KynbType in vitro nobasinenune BAIl paznuaHoit KOH-
LIEHTpallMi MHULMMPOBAJIO 00pa30BaHUE BBITSIHYTHIX
HUTYATBIX WU Pa3BETBJIEHHBIX MTPOTAJUIMEB U MHOTO-
YHCIEHHbIX Tponudepanyii Tauioma (Bonomo et al.,
2013). Hamu uccnenoBanus (Babenko et al., 2018) mo-
Kazanu, uro BATI 6i1okmpoBan pa3BUTHE TPOTOHEMBI
Polystichum aculeatum B XynbType in vitro, a CTeIeHb
BJIMSIHUSI TOPMOHA 3aBUCeJIa OT €ro KOHIIEHTpaIlMU B
nuTtareabHol cpene. Tak, B BBICOKMX KOHLIEHTpallv-
sx BAII BbI3bIBaJI MOSIBIEHUE YKOPOUYEHHBIX MPOTO-
HEM C OIMHOYHBIMU O0OKOBBIMU BeTBIeHUSIMU. [To Me-
pe€ CHIDKEHUsI KOHIIEHTpallUu B cpelne, TPOUCXOANIIO
00pa30BaHUE JIOMATOBUIHOTO MPOTAJLINS, YACTO C pa3-
BETBJICHUSIMU 1 HEpOBHBIMM Kpasimu (Babenko et al.,

2018). ITocnenyroiye HalM 3KcriepuMeHThl (Roma-
nenko et al., 2019) nmoka3anau, 4TO BHICOKME KOHIIEH-
tpauuu UITA, BAII, kuHeTrHaA U 3eaTUHA TOPMO3M-
JIU pa3BUTHE TIPOTOHEMBI Dryopteris filix-mas, iHU-
LIMAPOBAIA OOpPa30BAHME CEPALEBUIHBIX TAUIOMOB
nedopMmupoBaHHOI (hbopMbl. Huzkne KOHILIEHTpaluu
9TUX TOPMOHOB aKTUBHUPOBAIM KJIETOUHOE JeJIeHE, B
pe3yJibTare 4ero KOJIMYECTBO KJIETOK B IMPOTAJUIMSIX
yBeIMUUBAIOCh. OQHAKO MO BIMSHUEM HU3KOM KOH-
neaTpanyu UITA, BATI, kmHeTHAa 11 3eaTrHA TIPOIOJI-
JKaJli pa3BUBAThLCSI aHOMAJIbHbIE CePALIEBUIHbBIE TALIO-
Mbl. B T0 ke Bpems atu LIK akTuBHpOoBaiv pocT U pas-
BuTHe pusouaoB y D. filix-mas. DpdeKkT Bo3pacTal ¢
MOBBIIIIEHUEM KOHIEHTpallii TOPMOHOB B MHUTa-
TeJabHOI cpene. deiictBue MITA ObL10 caMbIM BhIpa-
KeHHbIM. ['OpMOH B HauBbICIIEell KOHIIEHTpaluu
0JI0KMpOBaJl pa3BUTHUE MPOTOHEMBI, a B Hauboliee
HU3KOH — CepIAleBUIHOTO TajuioMa. 3eaTUH B Ma-
JIBIX KOHLIEHTPALMSIX CTUMYJMPOBAJI pa3BUTHUE Ta-
MeToUTa, MUHMMH3NPOBAJ ITOSIBIIEHUE aedopma-
LM TajgoMa, akTUBUPOBaJ POCT U pa3BUTUE MHO-
rourciaeHHbix pudonnos (Romanenko et al., 2019).

AGCIIM30Bast KUCJIOTa TIOABIsIa AeJieHUe U YIUTH-
HeHMe KJIeToK rametoduToB Lygodium japonicum, BbI-
paIlleHHBIX B PEeXWMe KPacHOTO W CHMHEro CBeTa, B
CJICIICTBUM 9eTO (POPMHPOBATIICH YKOPOUESHHBIE TIIIOC-
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kue npotaumu (Swami, Raghavan, 1980). I1pu coB-
MmectHoM TipuMmeHeHnn ABK n 2,4-J1, B oTmmume ot
pa3neabHOro AEUCTBUSI TOPMOHOB, OOPa30BHIBAIMCH
BBITSIHYThI€ TAJLIOMbI, COCTOSIIIIME 13 OOJBIIETO KOJIU-
yecTBa KieTok (Swami, Raghavan, 1980). Murubupy-
folee NeiicTBrMe BBICOKOI KoHIeHTpaumu ABK Ha
POCT MEPUCTEMBI TIPOTAJIIAS M pPU30UI0B ITOKAa3aHO
mis1 Ceratopteris richardii. B HM3K0i KOHIIEHTpaluu
TOPMOH CTUMYJIHUPOBAJ POCT PU3OUIOB U UHIYIIM-
poBaJ pa3BUTHE TaJUIOMOB MEHBIIIETO pa3Mepa
(Hickok, 1983).

Ha stane passutus nporoHeMmbl Onoclea sensibi-
lis TUNEH UHTUOUPOBAJ AeJeHUE KIIETOK, MHIYIIM -
poBaJl UX pacTsKeHUe U yAJUHEHUE TpoTajlidalb-
HOI HUTH, 3aMeIJIsI pocT pu3ounoB (Miller et al.,
1970). F'opMOH yCKOPsII peopraHU3aIMIO SIIEPHOTO
xpomaTuHa u naaynupoBan cuHte3 JIHK B siape aH-
TePUAUATILHON YaCTU KJIETOK MY*CKOTO rameTodu-
ta (Kazmierczak, 2010).

ZKacMoHOBas1 KMCJIOTa aKTUBUPOBaJjla KJIETOYHEIS
Mpoliecchl Ha paHHUX (pa3ax oHTOreHe3a raMeToduTa
Platycerium bifurcalum (Cav.) C. Chr. (Camloh et al.,
1996). B auskmx koHeHTparusax KK ctumynmupona-
JIa AeJIieHne KJIETOK U paHHEe pa3BUTHUE IIPOTOHEMBI,
yCcKoOpsiia mepexol TameToduTa OT HUTYATOUN K JIo-
MaTKOBUIHOM (popme, CITocoOCTBOBAIA YIJIMHEHUIO
U yBeJIMYECHMIO KomuecTBa pu3donaos (Camloh et al.,
1996). I1poTUBOITOIOXHEIM 3 GHEKT HAOTIOIATH ITPU
MIPUMEHEHUM T'OPMOHA B BBICOKMX KOHIIEHTPAIIMSIX.
Astopnl ucciaenoBanus (Castilho et al., 2018) oOBbsc-
HSIIOT pocTcTuMyupytoliee neiictBue KK aktuBa-
mueii cuare3a MPHK, BeI3BaHHOE TOpMOHOM. DK30-
reaHasg KK crmocobcTBoBajia aKTUBHOMY POCTY Ta-
METO(PUTOB U NalbHEHIIEMY pa3BUTHUIO cITopoduTa
Ha ITOBEPXHOCTU TaJuIoMa y Anemia tomentosa var. an-
thriscifolia (Castilho et al., 2018).

BJIMAHWE DK30TEHHBIX ®DUTOIOPMOHOB
HA ITOJIOBOU AMUMOP®U3M U AITOTAMUIO
TAMETO®UTOB B KVJIBTYPE IN VITRO

ITosloBOMY MOKOJIEHMIO MHOTUX BUJIOB IariopoT-
HUKOB CBOMCTBEHEH II0JIOBOIT TMMOPGU3M, IIPU KO-
TOpOM (POPMUPYIOTCSI MYKCKHE, XXEHCKIE 1 ABYIIO-
Jible (bucekcyalibHble/TepMadpoauTHBIE) (DEHOTUITBI
(Banks, 1999). MHOyKTOpOM IT0OJIOBOrO (DEHOTHUIIA Y
PaBHOCIIOPOBBIX ITAaIIOPOTHUKOB SIBJISIETCS aHTEPU-
JIMOTeH, CEKPeTUPYEMblii ramMeroduToM IIepBOHA-
yajabHO Ha ctaguu nportaanus (Tanaka et al., 2014).
HaunGonee akTUBHO TOPMOH CUHTE3UPYETCS Ha CTa-
UM cepaueBuaHoro tayuioma (Atallah, Banks, 2015).
ITocne BoineneHust Al BO BHEIITHIOIO Cpely MPOUCX0-
JIUT WHAYKIWS Pa3BUTUSI MY>KCKUX TAMETAHTUEB B CO-
cemHUX Oecrtolibix rameroduTax (Strain et al., 2001).

Hccnenoanus (Fernandez et al., 1997; Kazmierczak,
1998, 2003; Menéndez et al., 2006a) moka3auu, 4ToO
9K30I'€HHbIE TMOOEPE/TIMHEI HauboJiee aKTUBHO MHU-
LUMPYIOT O0pa3oBaHME aHTEPUAVEB Y raMeTO(MUTOB
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MHOI'MX BUIOB MalMOPOTHUKOB. YCTaHOBJIEHO, UTO Ha
paHHMX 3Tanax oHToreHe3a ramerodura 'K magynm-
PYIOT aKTUBHOE 0Opa30BaHNE MYXXCKUX TAJUIOMOB He-
oonbinoro pasmepa. Hanbonee aktuBabiMu I'K, cTu-
MYJIMPYIOIIIMMU paHHee 0O0pa3oBaHVe aHTEPUIEB Ha
npotauusix Anemia phyllitidis, okazamuce I'Ks n I'Kg,
HaumeHee — 'K, I'K,, I'K,;, Torna kak u I'Ky 3ansuimn
nmpoMexyTouHoe mnonoxeHnue (Schraudolf, 1964).
IMoznuee (Kazmierczak, 1998, 2003) 0bL10 ycTaHOB-
JieHo, yTto I'K; MHruéupyer MUTOTUYECKYIO aKTUB-
HOCTb BEreTaTUBHBIX KJIETOK MpOTaAJLIUS
A. phyllitidis, npu 3TOM aKTUBHUPYS €€ B KJIETKaX, OT-
BEYalOIIUX 3a aHTepuAUOreHe3. Takue KJIETKU TOof
neiicteueM ['K; cTaHOBUIMCH 1IMpe anuKadbHBIX,
OTJIMYIMCh TTIOTIEPEYHBIM POCTOM, TOTAA KakK B allu-
KaJIbHOM 30H€e TIPOTaJIINS KJIETKU POC/IY KaK B IOTe-
PEYHOM, TaK 1 MPOJIOJbHOM HalpaBJIeHUH.

Paznuunbie popmel 'K mo-pazHomMy BAusLIM Ha
¢opMurpoBaHUe raMeTaHTMeB Ha Pa3IMYHbIX 3Tarax
mopdorenesa L. japonicum (Takeno, Furuya, 1975,
1977). HauboJiee akTMBHBIMU CTUMYJISITOPaAMU 00pa3o-
BaHWSI aHTEpUINEB HA MPOTOHEME oKazaymch 'K, T'K,,
'Ky u I'K;, Haumenee — ['Kg (Takeno, Furuya, 1975).
I'K; B koHenTparmu 10~ u 10~ M MOJHOCTBIO 110~
JIaBJISIM pa3BUTHUE apXETOHUEB Ha dTarle CepaleBU/I -
Horo Tajyioma. [Ipy yMeHbIIeHUM KOHIIEHTpaluu
ropMOHa yTHeTeHHe OOpa30BaHUSI KEHCKUX Tame-
TanrueB HuBeaupoBaioch (Takeno, Furuya, 1977).
Coo6manock, 'K, u 'Ky B Konuenrparmu 10~ M
MONABJISIIA Pa3BUTUE XEHCKUX MOJIOBBIX OPTAHOB Ha
cepaueBuaHoOM Tauiome, Toraa Kak I'K;, I'Ks u 'Ky
He Topmo3wnu ux passutue (Takeno, Furuya, 1977).

I'K; B koHUeHTpauuu 50 uM nHrubuposana ¢op-
MUpoBaHUe aHTepuaueB y Blechnum spicant (Fernan-
dez et al., 1997), Torma Kak B 60J1€e HU3KMX KOHIIEH-
Tpauusx (0.28 u 2.8 uM) He BiaMsIa Ha UX pa3BUTUE
(Menéndez et al., 2006a). 'K, , ; B KoHIIeHTpaIuu
1 MT/T MTHULIMMpPOBala pPa3BUTHE XEHCKUX TaMeTO-
¢bUTOB, CHUXKEHUE X€ KOHIEHTpAIlUM TOPMOHA 10
0.1 Mr/m cmoco6GCTBOBANIO 3HAYMTEIIBHOMY YBeJINJe-
HUIO TOJ1 MyXcKux ramerodutoB (Menéndez et al.,
2006a). ITokazano (Hollingsworth et al., 2012), yto
I'K; Bo konuentpauuu 103 u 10~* M Topmosuia pas-
BUTHE aHTepuaueB Osmundastrum cinnamomeum, 4To,
0 MHEHUIO aBTOPOB, CBSI3aHO C WHTUOMPOBAHHEM
dbopMUpPOBaHUS alIMKATBLHOI MEPUCTEMEL.

Bmmstnue npyrux ¢pUTOropMOHOB Ha PETYIISIIINIO 1
peanu3anuio II0JIOBOro AuMopdu3mMa ramMeTouTOB
MaIOpPOTHUKOB MCCIENOBAHO YacTUYHO. CUHTETUYE-
ckue aykcuHbl HYK u 2,4-J1 B KoHueHTpauuu 106 u
105 M MHIMOMpOBaIN pa3BUTHE AHTEPUIUEB U 00-
pa3oBaHUE€ MYXCKMX TaUIOMOB, ODHAKO CIOCO0-
CTBOBAJIM Pa3BUTHUIO apXETOHMEB U JKEHCKMX TaMeTO-
dutoB y Ceratopteris thalictroides (Hickok, Kiriluk,
1984). HeiictBue MYK B Takmx ke KOHLICHTPAIIMSIX
Ha pa3BUTHE MYXCKUX TraMeTaHTHeB OBLIIO MeHee
BBIPAXXEHHBIM, OJHAKO B KOHLeHTpauuu 10~* M
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TOPMOH CYILIECTBEHHO OrpaHUYMBAJl UX 0Opa3oBa-
HUE U CIOCOOCTBOBaJI Pa3BUTUIO MYKCKUX TaJlIo-
MoB. UMK B xoHneHtpanuu 10~4*—10~7 M ctumy-
JIMpoBaJia pa3BUTUE MYXKCKHMX TAJUIOMOB ¢ HeOOJIb-
mumM KosimyectBoM aHTepuaueB (Hickok, Kiriluk,
1984), onHako, B KoHeHTpayu 5 1 50 uM nHrnompo-
BaJia ACMCTBUE COOCTBEHHOrO aHTepuaroreHa y Blech-
num spicant (Fernandez et al., 1997), B pe3yibTaTe 4ero
MYXCKHE TaAMETAaHTUY He Pa3BUBAJIUCE.

DK30reHHbIe LIUTOKUHUHBI MMO-pa3HOMY BJIMSLIN
Ha oOpasoBaHue rametaHrueB. BAIl kak B HU3KON
(0.3; 3 uM), Tak u B BeicOKOI1 (30 uM) KOHIIEHTpa-
1IUSIX UHTrMOupoBal (OpMUPOBAHUE AHTEPUIUEB Y
Blechnum spicant (Fernandez et al., 1997). KunetuH B
koHueHTpauuu 10~3 1 10~° M cnoco6cTBOBa pa3Bu-
TUIO OECTIONIbIX U MYKCKUX TaJlJIOMOB M YMEHbIIIAJ
JIOJTIO XXEHCKUX TaJJIOMOB B MOMYJSLIMUA TameTohu-
ToB Osmunda regalis (Greer et al., 2012). B 6onee Hu3-
Koit KoHuentpauuu (107 M) KMHETUH CTUMYJIUPO-
BaJl pa3BUTUE apXEroHUEB U OOJIBIIETO KOJIMYEeCTBa
XeHcKux TtayuioMoB B nonyisiuuu O. regalis (Greer
etal., 2012). Hamm wuccnenoBanusi (Romanemko
et al., 2019) moka3anau, 4YTO 3¢aTUH U KUHETUH B KOH-
uenTpauuax 1077 u 10~ M aktuBupoBaau paHHee pas-
BUTHE apXeroHMeB y Dryopteris filix-mas, Torma Kak
MITA un BAII B Tex ke KOHLEHTpalUsIX OKa3aJuCh
CTUMYJISITOpaMU Pa3BUTUSI aHTEPUIECB.

ABK gBisieTcss aHTaroHHMCTOM aHTEepHUINOTeHa
(Banks, 1999). B xonuentparuu 10~ M ropMoH mos-
HOCTBIO OJIOKMpOBai oopaszoBaHue aHTepuaneB y Cer-
atopteris richardii, naxke B IPUCYTCTBUU COOCTBEHHOIO
antupuauoreHa Al (Hickok, 1983). ABK B koHLIeH-

tpaumu 10~° 1 107 M yacTMYHO TOAB/IAIA Pa3BUTHE
MyxXckux rameranrueB C. richardii, 1 He OJIOKMpoOBaja
pa3BUTHE MEPUCTEMBI U TIoceaytoiiee hopMUpOBa-
Hue apxeronueB (Hickok, 1983). B To ke BpeMst 3K30-
reHHast ABK B koHueHtpauuu 0.035, 0.35 1 3.5 UM He
WHrOMpoBaia pa3BUTUE aHTepuaueB y Blechnum spi-
cant (Menéndez et al., 2006a).

1t HEKOTOPBIX BUIOB MTAaITOPOTHUKOB XapaKTep-
HO HapyllleHUe MOJIOBOTO Tpoliecca. ATioraMmusi — ya-
CTBIN Cllyyaii almoOMUKCHUca y TTallOPOTHUKOB, Xapak-
TepusyeTcst 00pa3oBaHUEM CITOPOPUTA U3 COMATUYE -
ckux Kiaetok rametropwmra (Liu et al., 2012). ¥V
MaropoOTHUKOB Pa3inyaloT OOJUTaTHYIO U (haKyJib-
TatTuBHylo anoramuto (Sheffield, Bell, 1987; Ragha-
van, 1989). O6auraTHas aroraMusi XapakTepHa s
BUIOB, CIOPOGUTHI KOTOPBIX pa3BUBAIOTCS 0€3 CIv-
SHUS MOJ0BBIX KieToK. Coobianock, uto mig 10%
W3BECTHBIX Ha CETOJIHS BUIOB MAIIOPOTHUKOB CBOI-
CTBEHEH TaKoil crocod pa3BUTUs criopoduTa, Crio-
cobHbIX K croporeHe3y (Liu et al., 2012). OgHako
GaKkTOphI, TIPEHSITCTBYIONINE MOJIOBOM (DYHKIIMM Ta-
MeTO(UTOB, OCTAIOTCSI MaJIo MccieaoBaHHbIMU. Ha
raMeTouTax KJIIACCUYECKMX allOTAMHBLIX BUIOB 4a-
CTO pa3BUBAIOTCS aHTEPUIAUU, CIIEPMATO30UIBI KO-
TOPBIX MOTYT OTJIOAOTBOPSITh SIHIEKJIETKH APYTUX
POIOCTBEHHBLIX BUAOB. DopMUpylOIIHecsS B TaKHX

ClIy4dastX apXeToOHUM He QYHKIMOHUPYIOT, YTO 00b-
SICHSIETCSI WX “Hemopa3BUTHEM’ WM “HEKpPO30M”~
aitnekierok (Gastony, Haufler, 1976). CnopoduTsl
arroraMHBIX MaIlOPOTHUKOB 00pa3yloTcs, KakK IIpa-
BUJIO, M3 COMAaTHUYECKUX KJIETOK, PACIIOJIOXKEHHBIX
3a alMKaJbHOU MEepUCTEMOI B 00J1aCTU pPa3BUTHSI ap-
XETOHMEB, WIN B Apyrux mecrax ramerodpura (Shef-
field, Bell, 1987). ®akynbpraTUBHAsI aroraMusl Jaiie
BCETO BO3HUKAET IPU U3MEHEHUU YCJIOBU KYJTbTUBU -
poBanus in vitro (Cordle et al., 2007), B 4yacTHOCTH,
npu aedunute Boasl (Whittier, 1975), moBbieHMN
ypoBHs ocBenieHHOCTU (Sheffield, Bell, 1987), Brico-
KMX KOHIeHTpauusx yriaeBomoB (Whittier, Steeves,
1960; Whittier, Steeves, 1962; Cordle et al., 2007).
ITpuMeHeHue 5K30TeHHBIX (PUTOTOPMOHOB MOXKET aK-
TUBUPOBATh CIydaifHOE pa3sBUTHUE arlOTaMHEIX CIIO-
poduToB Ha Taisiomax rameroduroB (Whittier 1966;
Kwa, 1995; Menéndez et al., 2006b).

MNYK uHaynupoBajia arioraMHO€ pa3BUTHE CHO-
podura Ha crepmibHBIX TameTtodwurax Platycerium
coronarium. MaKcUMaJIbHBIII CTUMYIUPYIOIINI (-
ekt Habmomancsd TPpU KOHUEHTpalUuu TOpMOHA
40 uM (Kwa, 1995). DHAOTeHHBI 3TUJIEH TIpU J0-
o6asnenun MYK yrHeran aroramMHoe pa3BUTHE CIIO-
poduroB Ha rameTodurtax P. coronarium, 4T0 MOIJIO
OBITH OOYCJIOBJIEHO yXyameHueM TpaHcnopra YK B
kieTkax rameropurta (Kwa, 1995). Panee coobia-
nock (Elmore, Whittier, 1973), 4To 3TujleH aKTUBU-
poBaJI pa3BUTHUE AIIOTAMHBIX 3apPOCTKOB Ha TaMeETO-
dutax Preridium aquilinum. YBenndeHUe KOHIIEH-
Tpallud TOpPMOHA CHUXalo 3(hGEeKTUBHOCTb €ro
neiicrBust (Elmore, Whittier, 1973). ®dopMmupoBaHue
aroramMHbIX crmopoduToB Ha ramerodurax P. aquili-
num nanunnposasm sk3oreHHsle HYK u I'K; B kOH-
neHTtpauuu 2 u 15 mr/a (Whittier, 1966). TopMOHBI
HVYK u I'K; B koHueHnrpauuu 0.53, 5.37 u 2.8 uM
CTUMYJIMPOBAJIU pa3BUTHE COMATUUYECKUX CITOpOdU-
TOB Dryopteris affinis, IJIsT KOTOPBIX XapaKTepHa 00-
nuratHas anoramud. lo6asnmenne BAITl B HU3KUX 1
BbICOKMX KOHUeHTpauusix (0.44, 4.44, 22 uM) niosn-
HOCTBIO yrHeTajlo (popMHUpoOBaHUE CcIIOpodUTa U
akTuBHpoBajio KaurycoreHes (Menéndez et al.,
2006Db).

SAKJTIOYEHHME

IIpoBemeHHBIN HAMMW aHAJIN3 U 000OIIIeHIE JIUTE-
paTypHBIX AAaHHBIX CBUIETEIbCTBYET O 3HAUMTEJIb-
HOM DBKCIHEPUMMEHTAJIbHOM MaTepHajle, IOCBSIIECH-
HOM M3yYEeHUIO TOPMOHAIBLHOM PETYISLIMU POCTa U
pa3BUTUSI raMeTOMDUTOB ITAIIOPOTHUKOB B YCIOBUSIX
in vitro. BiussHue 3K30T€HHBIX (DUTOTOPMOHOB Ha
npopacTaHue crop, MopdgoreHes, MOJI0OBOM AUMOP-
¢u3M, BOSBHUKHOBEHUE allOMUKCHCA B XOAE OHTOTe-
He3a raMeTO(PUTOB UCCIIEIOBAHO OoJiee YeM Y TPUI-
natu BunoB. I'ametoduter Ceratopteris richardii, Blech-
num spicant, Lygodium japonicum, Osmunda regalis,
Preridium aquilinum, Anemia phyllitidis B 60IbITNHCTBE
CJTy4aeB MPUBJIEKAINCh IS aHAI3a. DK30TeHHEIE (D1-
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TOTOPMOHBI TIO-Pa3HOMY IEMCTBYIOT Ha ITpopacTa-
HUE CIIOp U pa3BuTtue rametoduroB. HampasneH-
HOCTb M MHTEHCHBHOCTb OKa3biBaeMoro 3ddeKkra
ONpEIEIISIIOTCS KOHIIEHTPALUEli TOpPMOHA U 3aBUCST
OT BUIA MANOPOTHUKA. DUTOrOPMOHBI TaMeTO(PUTOB
MArOPOTHUKOB, TAKXKE KaK TOPMOHBI BBICIIIMX pacTe-
HUIi, UTPaIOT KJIIOYEBYIO POJIb B PEryJIsSILMU MeTabo-
JIN3Ma, POCTOBBIX Y MOP(MOreHETUYECKUX MTPOLIECCOB,
dopMHUPOBAaHNY adaNTUBHBIX peakinii. st purorop-
MOHAJILHOM CUCTEMbI TAMETO(UTOB XapaKTepPHO HAJIH -
yye aHTepUIMOreHa, cnelmuyeckKoro ropMoHa, OT-
CYTCTBYIOILIETO Y BBICIIMX pacTeHuii. AI' oTBeuaeT 3a
dbopMUpoBaHUEe aHTEPUAMEB, KOTOPbIE MOTYT pa3-
BUBAThCS Ha JIIOOOM 3Tarle OHTOreHe3a raMeTohuTa,
a Takxke MHAYLUMPYET MpopacTaHue CIop B HebJiaro-
MPUSITHBIX YCIIOBUSIX, B TOM YHMCJIE U CIIOP APYTUX
BUIOB, BBIMOJIHSSA TIPU 3TOM POJIb ajijiejionaruye-
CKU aKTUBHOTO COeIUHEHUS. BhIpaxke HHBIM I103U-
TUBHBIM 3 (eKTOM Ha MpopacTaHUe CHOp OTINYa-
IOTCSI THOOEpEIUHbI, NeiiCTBE KOTOPBIX YCUITNBA-
eTcst B TeMHoTe. [ MO0Oepenmmubl, Kak 1 Al', BIUSIOT
Ha TMojoBylo auddepeHIMaliiilo rameToduToB,
CITOCOOCTBYIOT Pa3BUTUIO MYXKCKUX TalJIOMOB He-
GOJIBIIIOTO pa3Mepa, IMOJABIISIIOT 0Opa3oBaHUE ap-
xeroHueB. B BEICOKOIT KOHIIEHTpalIuU Tud0epeim-
HBI YTHETAIOT JIeJICHUE ITPOTAINATbHBIX KJIETOK, B
HU3KOM — CITOCOOCTBYIOT PACTSIKEHUIO BEreTaTUB-
HBIX KJIETOK M 00pa3oBaHUIO NedOpPMUPOBAHHBIX
TaJJIOMOB.

AyYKCUHBI B HU3KOI KOHIIEHTPALIMM aKTUBUPYIOT
JIMHEWHBI POCT UM CTUMYJIUPYIOT (OpMHUpPOBaHUE
TaJJIOMOB BBITSIHYTOI (DOPMBI, B BBICOKOW — MHTU-
OMpPYIOT KJIETOYHOE JIeJIEHUE, a B OTAEJIbHBIX CIIydasix
BbI3bIBaIOT Tndesb raMmeToduta. YK 1 HYK B Hu3-
KO KOHIIEHTpAallMM aKTUBUPYIOT POCT PU3OUIOB.
[IuTOKMHUHBI 3aIeICTBOBaHbI B PETYJSIIIMU BUPTU-
HWJILHOM U TU(PUHUTUBHOM CTaIuii OHTOreHe3a ra-
METO(UTOB MaNOPOTHUKOB, BO BPEMSI KOTOPBIX MPO-
UCXOOUT aKTHMBHBIM POCT MPOTALIMSI, MHOTOKJIETOU-
HOIi MepUCTEMBI U pU30UA0B, (POPMUPYETCS BbleMKa
1 apXeroHuajibHasl moayinka. [IMTOKMHUHBI peryian-
pYIOT oOpa3oBaHUe MYXXCKUX U KEHCKHUX raMeTaHTU-
eB. Yuactue ABK, KK 1 BC B perynsiiimn oHTOreHe3a
rametoduTa ucciaeqoBaHo pparmMeHTapHo. DDdeKThI
3TUX TOPMOHOB BuaocnenuduyHsl. ABK u atuneH
YTHETAIOT KJeTouHoe aeieHue, Torna Kak KK B oT-
NeJIbHBIX CllydasiX ero CTUMYJUpoBajla U CHOCO0-
CTBOBaJia pa3BUTUIO pru3ouaoB. BepositHo, ABK, kak
aHTaroHUCT aHTEepUAMOreHa, MpuyacTHa K (hopMuU-
pPOBaHUIO aHTEPUIMEB, OTHAKO UMEIOIIIMECs JuTepa-
TYpHbI€ JaHHBIE HE JAalIOT OKOHYATEJILHOTO OTBETa Ha
3TOT BOIIPOC.

ITyGnukaiysi COnep>XUT pe3ybTaThl UCCIIeN0OBa-
HUIi, TIPOBEIEHHBLIX B paMKaxX Hay4yHOIO MHpoOeKTa
HanmonamsHoit Akagemun HayK YKpauHbr Ne I11-
71-14.431 “T'opMoOHaJbHBIN KOHTPOJIb POCTA U pa3-
BUTHUSI CIIOPOBBIX pacTeHM I (pa3InyHO TAKCOHOMU -
YeCKOi1 IIPUHAIIEXXHOCTH)” .
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COBJIIOAEHUE D TUYECKUX CTAHIAPTOB

HacTosimast crathsl He COOEPKUT OMMCAHUS BBITIOJ-
HEHHBIX aBTOpaMM MCCJIEIOBAHUI C ydacTHUEM JIIO-
neil MM UCIIOJb30BAaHUEM XXMBOTHBIX B KadeCTBE
OOBEKTOB.
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Interest in ferns as objects of biotechnological research is determined by the characteristics of their develop-
ment and reproduction, knowledge of which is important for understanding the evolutionary pathways of
land plants. The literature data on the phytohormones involvement in the regulation of the ontogenesis of
fern gametophytes during in vitro cultivation are analyzed and summarized. The possibility of fern reproduc-
tion through spores application as explants using in vitro methods is considered. The effects of exogenous
treatment with cytokinins, auxins, gibberellins, ethylene, jasmonic acid and brassinosteroids on spore germi-
nation, morphology and gametophyte development are analyzed. The role of gibberellins and anteridiogen in
the formation of sexual dimorphism of fern gametophytes is discussed. Data on disturbances of the sexual
process in ferns, the phytohormones involvement in the formation of apogamic sporophytes on the gameto-
phyte prothalli are summarized.

Keywords: Polypodiopsida, spores, gametophyte, sporophyte, culture in vitro, phytohormones
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AcuMMeTpusi OTHOCUTEILHO TIepeaHe-3aqHEH OCH Tejla SIBJISISTCS BaXKHOM 4epToi IjIaHa CTpOSHMs Omta-
TepaibHbIX XUBOTHBIX (Bilateria). HapymeHnus: opMupoBaHus JIeBO-MpaBoil aCUMMETPUN TTPUBOIAT K
MATOJIOTUSIM PA3IMYHOM CTETICHM TSKECTH, II03TOMY M3yUYeHNE MEXaHN3MOB €€ YCTAaHOBJICHUS B YMOpHO-
HaJIbHOM Pa3BUTHH SIBJISIETCS BaXXHOM HAyYHOM 1 METUIIMHCKOM 3agadeii. OCHOBHOIT BOIIPOC, Ha KOTOPBIi
NBITAIOTCS OTBETUTDH UCCJIEIOBATEIM — KaK U KOTrAa 3aIlyCKalTC MPOLIECChI, IIPUBOASIINE K HAPYILIECHUIO
3epKaJIbHOIT CUMMETPHU JIEBOU U MTPaBOM CTOPOH pa3BUBalollerocs opranusma. MceiegqoBaHus B 3Toi 00-
JIACTH aKTUBHO Pa3BUBAIOTCS, Y JKMBOTHBIX PAa3HBIX (DMJIOTEHETUYESCKHUX TPYIIT YK€ BBISIBIIEHO MHOXKECTBO
Pa3HOOOpPa3HBIX CIIOCOOOB YCTAaHOBJIEHMS JIEeBO-TIpaBoit acuMMeTpuu. K coxajieHu1o, cpaBHUTEIbHBIN
aHaJIM3 3TUX CIIOCOOOB 3aYacTyIO OXBATBIBACT JIUIIIh HECKOJIBKO (DIIOTEeHETUUECKH YIAJICHHBIX OOBEKTOB
OMOJIOTMM Pa3BUTHS U He MOKa3bIBaET Pa3HOOOpa3usl, CYLLECTBYIOLIEro BHYTPU TAKCOHOMUYECKHUX IPYIII.
[TosToMy menp maHHOTO 0030pa — II0Ka3aTh MHOrooOpa3ne MEXaHM3MOB YCTAHOBJICHUS JIEBO-IIPaBOM
aCMMMETPHUM B paHHEM pa3BUTUU Metazoa, a TakKe cleaaTh MPearnoa0XKeHUs 00 3BOJTIOLIMOHHOI KOHCEp-
BaTMBHOCTHU 3TUX MEXaHM3MOB M O TOM, KaKoii 13 0OHapyXeHHBIX HAa TaHHBIIA MOMEHT MEXaHI3MOB 3BO-
JIIOLIMOHHO MepBUYeH Kak 114 Bilateria, Tak u i1st Bcex Metazoa. B ctatbe cuicTeMaTu3upyroTcsl 3HaHUS 00
YCTaHOBJICHMH aCUMMETPUHU TeJla Ha OCHOBE CUTHaJIbHOro Kackama Nodal, mpoBoIuTCsI cpaBHEHHE MOP-
donoruu U GYHKLIMOHUPOBAHUS JIEBO-MIPABbIX OPTaHU3aTOPOB ACMMMETPUU Pa3HbIX JKMBOTHbBIX, CPAaBHM -
BaeTCs POJIb MEXaHMUYECKUX HAIPSKEHU B YCTAHOBJICHUUW aCUMMETPUM Y MEPBUYHOPOTHIX XMBOTHBIX.
O060061IeHrEe U aHAINU3 JaHHBIX 00 YCTAHOBJICHUH JIEBO-ITPABO aCUMMETPUH TeJjla TTO03BOJISIET ITO-HOBOMY
B3JISHYTb Ha BOJIIOLIAIO PA3BUTHUS MHOTOKJIETOYHBIX )KMBOTHBIX.

Karoueswie cnosea: neBo-TipaBas aCUMMETPHUSI, YCTAHOBJIICHUME aCUMMETPUU, JIEBO-TIpaBblili OpraHu3arTop,
IU1aH cTpoeHusi, Metazoa, Bilateria, Nodal, pazButue
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BBEAEHWE

AcuUMMeTpUsI OTHOCUTEJIbHO LIEHTPAJIbHON OCHu
TeJla SIBJISIETCS HeYacTO YIMOMWHAeMOM, HO BasKHOM
yepToit OuaTrepaTbHO-CUMMETPUIHBIX KWBOTHBIX.
Bonpeku HazBaHUIO, IS MHOTUX OMIaTepuil xapak-
TepHO aCMMMETPUIHOE pa3BUTHE JIEBOM WM IIpaBOif
CTOPOH Tejia. Y 4YeJioBeKa YCTaHOBJIEHHE JIeBO-TIpa-
BOIf aCUMMETPHUU BbIpaxkaeTcsl B MpaBUJIbHOM pacIio-
JIOKEHWM HETTapHBIX OpraHOB, TaKWX KakK ITeYeHb,
Cep/ILIE U XKeNTYA0K, B TPYIHOU U OPIOIIHON MOJOCTH,
U aCUMMETPUYHOM Pa3BUTUU MAapHBIX OPraHOB, Ha-
npuMep, Jerkux (Shiraishi, Ichikawa, 2012). Kpome
TOTO, ME€XaHW3Mbl aCHMMMETPUYHOTO MopdoreHes3a
MpU Pa3BUTUM TPYOUATHIX OPraHOB, TAaKMX KaK K-
IIIEYHUK, OOYCIIOBIMBAIOT ITOBOPOTEHI TTETEJTh B CTPOTO
oTpeNie]IeHHOM HaIpaBieHun. 11 MHOTUX OpTraHOB
(HammpumMmep, cepala) MpaBuibHOe (DYHKIIMOHUPOBA-
Hue 0e3 acmMmMmeTpuu HeBo3MoxHO (Chen et al.,
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2010). Takum obpa3oM, yCTaHOBJIEHNE JIEBO-TIPaBOit
aCUMMETPUH HEOOXOINMO TSI KOPPEKTHOTO PacIio-
JIOXKEHUSI BUCLEPATbHBIX OpPraHOB B TPYJIHOM M
OpPIOIIHOI TTOJIOCTSIX U ISl YCIETHOTO MOp(OTeHe-
3a, CBSI3aHHOTO ¢ (PYHKIITMOHATBHOCTHIO OPTaHOB.

Hapyiienus ycraHOBJIEeHUS aCUMMETPUUM BCTpe-
yampTcs ¢ yactoToit okoso 1/5000—1/10000 yenoBek
U MIPUBOAAT K MATOJIOTUSIM Pa3JIMYHON CTETIeHU TsI-
XKECTU — TeTepOoTaKCUM, IeKCTPOKAPAUHU, Situs inver-
Sus ¢ CUHUCTpOKapaueil, CBI3aHHBIM C 3TUM IOPO-
KaM cepilla U COCyIMCTON CUCTEMBbI, a MPU COMYT-
CTByIOIIIEM JWarHo3e TMEPBUYHON IUJIMApHOM
JNUCKUHE3UN — K OECIUIONUIO Y MYXXYNH U XPOHUYE-
CKUM 3a0o0JieBaHUSIM JbIXaTeNbHBIX MyTeit (Afzelius,
1976; Zhu et al., 2006). [ToaToMy M3ydeHHEe MeXa-
HU3MOB YCTaHOBJIEHUS JIEBO-TIPABOi ACUMMETPUU B
5MOpPUOHAJIbHOM Pa3BUTUU OCTAETCSI BaXKHOM Hay4-
HOU U MEIULMHCKON 3a1aydyeii.
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OCHOBHOIT BOIIPOC, Ha KOTOPBII TTBITAIOTCST OTBE-
THTh WCCJIENOBAaTeIM — KaK M KOTda 3aITyCKaloTcs
MPOLIEeCChl, TPUBOSIINE K HAPYIIEHUIO OuIaTepaib-
HOIl CMMMETPUM pa3BUBAIOIIErocs opraHm3ma. Pa-
OOTBI, TIPOBEIEHHBIC Ha XXMBOTHBIX CAMBIX Pa3HBIX
TPYIIIT, BBISIBUJIM MHOXKECTBO pa3HOOOPa3HBIX CIIOCO-
6OB yCTaHOBJICHUS JIEBO-TIpaBoil acmMMeTpuu. Tem
He MeHee, MEeXIy HUMU OOHAPYKMJIMCh M CXOICTBA,
MO3BOJISTIONINE TO-HOBOMY B3IJISIHYTh Ha 3BOJIIOLIMIO
pPa3BUTHSI MHOTOKJIETOUHBIX JKUBOTHBIX.

ITO3BOHOYHBIE: MOJIEKYJIAPHBIE
ACIIEKTbBI YCTAHOBJIEHUA ACUMMETPUUN
IJIAHA CTPOEHUA

YcraHOBIEHYE IEBO-IIPAaBOil aCHMMETPHUU Y BCeX
U3YYEHHBIX TTO3BOHOUHBIX XMBOTHBIX ITPOUCXOMUT
Osarogaps padore curHajrHoro kackaaa Nodal. Ero
HaJW4YUe U POJIb B yCTAHOBJIEHUW aCUMMETPUU MOKa-
3aHBI y MPeACTaBUTEIeil MIIEKOIIUTAIOIINX — JOMO-
BBIX Mblleit Mus musculus, kponukos Oryctolagus cu-
niculus, cBuneit Sus scrofa domesticus, KopoB Bos tau-
rus (Blum et al., 2007; Schroder et al., 2016); y
Kypuubl Gallus gallus (Levin et al., 1995); y npencra-
BUTeIeH aMpuOuii — MMIOpLEBHIX JATYIIeK Xenopus
laevis n X. tropicalis, akconotnss Ambystoma mexica-
num (Schweickert et al., 2007; Yu et al., 2002); KocTu-
CTBIX pBIO — Danio rerio, menaku Oryzias latipes (Ess-
ner et al., 2005; Hojo et al., 2007). bosee Toro, reHsl,
TOMOJIOTMYHBIE TeHAM CUTHaJIbHOTO Kackana Nodal y
MO3BOHOYHBIX, YYACTBYIOT B YCTAHOBJICHUU JIEBO-
IpaBoOil aCUMMETPUM Y BTOPUIHOPOTHIX GECITO3BOHOY-
HBIX: JIaHLeTHUKA Amphioxus sp., 000JIOYHUKOB — ac-
munuii Ciona intestinalis n Halocynthia roretzi (Moroku-
ma et al., 2002), UTJIOKOXXX — MOPCKMX exkeit Paracen-
trotus lividus n Strongylocentrotus pallidus (Duboc et al.,
2005; Tisler et al., 2016), yTo CBUAETEILCTBYET OO €rO
BBICOKOI 3BOJIIOLIMOHHON KOHCEPBATUBHOCTU.

CurHanbHbIi Kackan Nodal y mo3BOHOYHBIX (DYyHK-
IIMOHUPYET Ha CTaTUsIX HEUPYISIIIUM M COMUTOTEHE3a.
KitroueBbIM 3B€HOM 3TOT0 KacKaja sSIBsIeTcs TeH nodal,
npuHamiexammii kK cynepcemeiictsy TGF-B. Nodal
SKCITPECCUpPYeTCs Ha JIEBOM CTOpOHE Tela SMOpHOHA
BOJIM3U CpeaHEeH TMHUY 1 O0YCIOBIMBAET AaibHeElIIIee
pa3BUTHE JICBOII CTOPOHEI Tejla Mo “JieBoMy” ClieHa-
PHIO: €CJT TaM He TIPOM30MIET BCITBIIITKH €T0 SKCITpeC-
CcUU, y SMOpHOHA C(hOPMUPYIOTCS IBE ITPaBble CTOPOHbI
(Saijoh et al., 2003). HJamnee 0emok Nodal mo BHEKJIeTO4-
HOMY MaTpuKCy DTUdOYyHIUPYET B Me30AepMabHBIC
KJIETKM Ha jieBoii cropoHe Tena (OKki et al., 2007) 1 Tam
3aITyCKaeT IKCIIPECCUI0 TOMEOOOKCHOTO TeHa pifx2,
KOTOPBII OYIEeT MOCTOSTHHO 3KCITPeCCUPOBATHCS B
KJIeTKax Me30JepMbl OOKOBOI MJIaCTUHKU Ha JIEBOU
CTOpPOHE, YIIPaBIIss OATbHEHININM yCTaHOBJICHUEM
acummeTpuu opraHoB (Logan et al., 1998). Becnbimika
akcnpeccun Oenka Nodal Ha JeBoil cTopoHe Tesa
nmuTcest Hegonro (6—7 4 y meimm) (Shiratori, Hama-
da, 2006), TTOCKOIBLKY OH aKTUBHPYET HECKOJIBKO Te-
HOB, TIPOJAYKTHI KOTOPBIX TTOJABISIIOT 3KCIPECCUIO U
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pacopoctpaneHue Nodal. B kiieTkax 60KoBOi1 Me30-
JepMaJbHOI MJIACTUHKMA OH WHIYLIMPYET IKCIIpec-
cuto 6enka Lefty2. IuddyHaupoBaB B 00J1aCTh Cpeli-
Hell JTMHUM 5MOpPHUOHA, OH 3allyCKaeT 3KCIIPECCHUIO
Leftyl. Leftyl momasisteT akcripeccuio Nodal BOm3n
CpelHel JUHUU U TeM CaMbIM He TTO3BOJISIET MY pac-
IIPOCTPAaHUTHCS Ha IIPaBYIO CTOPOHY SMOproHa (Me-
no et al., 1998), a Lefty2 nmomasiisieT ero aKCIIpeccuio
B OOKOBOI1 Me3oaepMe (puc. 1), Takum obpa3oM 3KC-
npeccust Nodal orpannmauBaeTcs ¢ AByX cTopoH. [Tomu-
MO TOTO, Ha IMPaBOii CTOPOHE SMOPHUOHA DKCITPECCUPY-
ercs reH cerl2 (cerberus-like 2), TIpOIyKT KOTOPOTO OJIO-
kupyeT nuddysuio 6eaka Nodal, cBSI3BIBasICh ¢ HUM
B KOMIUIEKCHI. [lo-BummmMomy, UMEHHO 3TOT T€H,
BHavaJjle SKCIPEeCCUPYIOIINiics Ha 06enX CTOPOHAX
Teja, IpUHUMAaET IIepPBUYHBIN CUTHAJI K YyCTaHOBJIE-
HUIO aCUMMETPHMHU Ha JIEBOIl CTOPOHE, MpeKpalllaeT
paboTaTh, 3a cueT 3Toro 6e1ok Nodal BEICBOOOXK 1A~
eTCS U YCUJIMBAET 3KCIPECCUI0 COOCTBEHHOIroO TeHa
Ha JeBoii cropoHe Tena (Schweickert et al., 2010;
Shinohara et al., 2012). B oTcyrcTBHE 11000TO U3 re-
HOB-penpeccopoB Nodal mpoucxXomuT ero HEKOH-
TPOJMPYyeMOE IMpocayMBaHNE Ha IPaByl0 CTOPOHY,
4YTO IPUBOIUT K olIMOKaM acCUMMETpU3al 1 4a-
CTUYHOMY WJIY TTOJTHOMY Pa3BUTHIO IPABOIl CTOPOHBI
no “jeBoMy”’ ClieHapHIo.

IMO3BOHOYHBIE: CTPOEHME U ®YHKIINHN
OPTAHMN3ATOPOB JIEBO-ITPABOU
ACUMMETPUH

AcummMmeTrpuyHasa skcrpeccuss Nodal y 00Jb-
IIMHCTBA MO3BOHOYHBIX XKMBOTHBIX (MBI M. mus-
culus, kpommika O. cuniculus, KOopoBHl B. taurus, am-
duoduit X. laevis u X. tropicalis, A. mexicanum, Ko-
CTUCTHIX pEIO D. rerio u O. latipes, oceTPOBOii PHIOHI
A. transmontanus) BO3HUKAET B pe3yjbTaTe paOOThI
TaK Ha3bIBA€MOTO JIEBO-TIPABOTO OpraHM3aTropa. DTo
Y4aCTOK ME301€PMBbI, UMEIOIINI SIUTEINATBLHOE CTPO-
€HH1E 1 MOKPBITBIN MOABKHBIMY PECHUYKAMU, HETOJI -
roe BpeMsl CYIIECTBYIOIIUIA Ha CTaIMsIX TacTpyiabl U
HEHMPYJIBI ¥ CO3IAIONINIT TOK XMIKOCTHA BO BHEKJIETOY-
HOM TIPCTPAHCTBE, KOTOPBII 3aIlyCKaeT CUTHaJbHbIN
Kackaj B Me307epMe JIEBOU CTOPOHBI Tejla SMOpUOHa.
Jlyuire Bcero crpoeHue 1 paboTa JIEBO-IIPaBOTO Op-
raHM3aTopa U3y4YeHbl Y MBIIIIN.

Mbiuib: 1e6o-npaswtii opeanuzamop — y3ea0K

JleBo-TipaBbIM OPraHU3aTOPOM AOMOBOK MBI
SIBJISIETCSI BEHTPaJIbHAsl 4acThb y3€JiKa, TMOSBISIONIE-
rocsi BO BpeMsl TacTPYyJISILIUU U SIBJISIOIIETOCS TOMO-
JIOTOM I0p3aJIbHO# ry0Obl 6J1acToropa. ¥Y3eJ0K 3aKia-
NIBIBAETCSI K CEIbMOMY JHIO pa3BUTHUS B aNMbacTe B
o0JjlacTW OynyIIero TOJIOBHOTO KOHIIA 3MOpUOHA
(puc. 2a). BaxkHO OTMETUTBD, YTO Y MBIIIIH TUII00JIACT,
MOJCTUJIAIONINI PMNUOJIACT, HE SIBJISIETCS CILIOLIHBIM
ciioeM. UMeHHO 11011 y3eJIKOM OH PacXoIUTCsl B CTOPO-
HbI 1 0obpa3zyeT oTBepcTHe. TakuM obpa3oM, 3pesiblit
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OpraHu3aTop aCUMMETPUK
Ha CpelHei JIMHUM

5MOproOHa aCUMMETPUM
Curnan
K YCTAHOBJIEHUIO
ACUMMETPUU \
Cerl2
Leftyl
A
R

Nodal

Me3zonepMaibHble KIESTKIA
BOJIM3M OpraHu3aropa

Meszonepma
OOKOBOI
TUIACTUHKHY

JleBast cropoHa
pa3BUBaeTCs He
TaK, KaK Irpasasi

Lefty2

. _>Pix2

Nodal

D:> Huddysus Gcan

P == B OOKOBYIO Me30IepMy

Puc. 1. Cxema 6MOXMMHUUYECKOTO CUTHAJIbHOTO Kackana Nodal, 3amyckaloiiero acuMMeTpUYHOE pa3BUTHE JIEBO CTOPOHBI Teja
aMOpuoHa MbIK. Ha Bpe3ke ycioBHasA cxeMa 3MOPMOHA MBILIY BO BpeMsI TacTPYJISIIUU, BUJL C BEHTPAJIbHOI CTOPOHBI. A U
P — nepennsst u 3amHsIst cTOpOHBI Tela 9MOpuoHa, L n R — iieBast m mpaBast croponsl. [1o nanusiM Lee, Anderson, 2008.

V3eJIOK BBITJISIANT KaK sSIMKa Ha BEHTPAJILHOI CTOPOHE
9MOpPHOHA JUIMHOI 0K0J10 70 MKM 1 COCTOMT IIPUMEPHO
u3 250 xnerok (Sulik et al., 1994) (puc. 26). Y3enok
okpyxeH 20—30 0o1ee INIOCKMMU KJIETKaMM, T.H. Ta-
paxopmanbHbIMU. Ha momepedyHoM paspese y3eiaka
MOXHO Pa3MYUTh JBa CJI0SI: CJIOH XOpAOME301ePMBbl
U CJIO¥ 9KTOMEePpMaTbHBIX KJIIETOK, KOTOPBIE BITOCTEI-
CTBUU 00pa3yloT HepBHyIO MacTUHKY (Sulik et al.,
1994; Blum et al., 2007) (puc. 2B).

Hrak, anukajibHast CTOpOHA Me30IepMaJIbHBIX KJle-
TOK y3elIKa (oOpallleHHasi Ha BEHTPAJIbHYIO CTOPOHY
SMOpPHMOHA) HaIIpaBJIeHa B MOJIOCTD JKEJITOYHOTO METII-
Ka 1 He TMPUKPbITAa TUIIO0JaCTOM. DTO OOCTOSITEILCTBO
Ype3BhIYATHO BaXKHO JJISI YCTAHOBJIEHUS JIEBO-IIPABOIA
aCUMMETPUM.

Kaxmast n3 Me3omepMalibHbIX KIIETOK y3€eJIKa He-
CeT Ha aluKajJlbHOW CTOPOHE IO OJHOM pPEeCHUYKE
(puc. 2r), IprYeM 3T PECHUYKHU COBEPIIIAIOT Bpala-
TeJIbHbIE IBMKEHMSI MO YaCOBOI CTpeJIKE CO CKOPO-
cthio okosio 600 o6oporoB B MuHyTy (Okada et al.,
1999). Ilpu norepe pecHUUYEK (HAIpUMeEp, IIPU BbI-
KJIIouyeHnM reHoB MoTopHEBIX 0e1koB KIF3A u KIF3B
U3 CylnepceMencTBa KMHE3MHOB, HEOOXOIUMBIX IS
GopMUpPOBaHUSI pEeCHUYEK) JIEBO-TIpaBasi OCh BOBCE
He hopMUpyeTCsI, U IaTepaanu3aliisi OpraHOB ITPOUC-
XOIOMT CIyJdalHBIM 00pa3oM, MPHU 3TOM 3MOPUOHBI
OKa3bIBalOTCsI HexXu3HecrnocooHbeIMU (Nonaka et al.,
1998). He cToibko BaxXHO, BOPOYEM, HAJTMUMUE PEC-
HUYEK caMo T0 cebe, CKOJIbKO MX MOABUXHOCTD: TT0-
Ka3aHO, YTO HEMOABMXHOCTb PECHUYEK M3-3a IT10-
JIOMKY TeéHa aKCOHEMHOTO nuHenHa (/rd) npuBOIUT K
TaKUM K€ HapylIeHUSIM, YTO M UX TOJHOE OTCYT-
crBue (Supp et al., 1997; Okada et al., 1999).

CyMmMapHoOe BpallleHre peCHUYEK CO30aeT B 001a-
CTU y3eJIKa TOK XKMIKOCTU CIpaBa HaJeBO, MpUUeM
JIOCTaTOYHO OBICTPHIN: oKoo 20 MkM/c (Okada et al.,
1999; Shiratori, Hamada, 2006). UmeHHO acuMMeT-
PUYHO HaIpaBJIEHHBII TOK SIBJISIETCS] KIIIOUEBBIM MO-
MEHTOM, OIpPeNeSIOINM TaTbHENRIITYI0 aCUMMETPU -

3alMI0 IIPaBOii M JIEBOI CTOPOH Tejla >MOpHOHA
(Blum et al., 2009). 'mnoTe3a 0 BaXKHOCTU aCUMMET-
PUYHOIO TOKa XXUIKOCTHU Ioaydmia Ha3BaHue Nodal
flow, TO ecTh y3e1KOBBII TOK. ITokazaHo, 9TO IIpM cO-
30aHUM B y3€JIKE MBI KWCKYCCTBEHHOTO ITIOTOKA
KUIKOCTU CIpaBa HaJleBO (TO €CTh B OOpaTHOM Ha-
MpaBJIeHNN), €CJIA OH JOCTAaTOYHO CHJILHBIN, YTOOBI
HUBeJIMpoBaTh 3¢hPeKT OMEeHUsT PECHUYEK, BCE dM-
OpUOHBI MPUOOPETAIOT COCTOSTHUE Situs inversus. c-
KYCCTBEHHBII ITOTOK TaKKe TTO3BOJISIET IIPOMU3BOJIBHO
3aJ1aBaThb Situs inversus NN Situs solitus y MBILIEH ¢ He-
MONBMXXHBIMU PECHUYKAMU, B 3aBUCUMOCTU OT Ha-
npasieHnsa Toka (Nonaka et al., 2002).

Ha niepBbIii B31JI0, KpYrOBbI€ ABMKEHUSI PECHU -
YeK HOJKHBI CO34aBaTh KPYrOBOI TOK, 1 HMKAKOIO
HamnpaBJIeHHOTO TOKA He MOJy4YuTcs. TeM He MeHee,
HaOII0daeMBIi in vivo TOK B CAMOM y3€JIKe OTUETINBO
JIeBOHAIIpaBJIeHHEIN. brnodun3ndeckoe MogeanpoBa-
HUE T10Ka3aJjIo, YTO JIEBOHAIIPABJIEHHBIA TOK BO3MO-
KEH B TOM CjIydae, €CJIM BC€ PECHUYKM OTKJIOHEHBI
Hasag MUHUMYM Ha 5°—25° (Cartwright et al., 2004).
IIpn mocnemyommux HaOIIONEHUIX OKa3aJoCh, UTO
anMKaJbHas TOBEPXHOCTh KaXI0M KJIETKN UMEeT Ky-
noJjioo0pa3Hyo (popMy; 6azaabHOE TEJI0 KaXKIOM pec-
HUYKWA CMEIIEHO B MOCTEPMOPHOM HAIIpaBJICHUU U
M13-3a KyI0J1000pa3Hoii (OpMBbI KIETKU OKa3bIBaeTCsI
OTKJIOHEHO K3aJ1 B cpenHeM Ha 26.6° (Nonaka et al.,
2005). B pe3ynpraTe Hag MOBEPXHOCTHIO KIETOK TOK
CTaHOBUTCS O0ojiee-MeHee oJHOHanpaBJaeHHbIM. O0-
paTHEIN TOK, MO-BUAMMOMY, IIPOXOIUT MEXIY pec-
HUYKaMHU U TIOBEPXHOCTHIO KJIETOK HIXKE U ITOCTePH-
OpHee MpPSIMOIo TOKa, BEIpaXeH cjiabee U He BIMSIET
Ha HaIlpaBJICHHWE IJIaBHOI'O IIOTOKA, ITPOXOASIIETO
HajJ pecHUYKamu (puc. 3).

BaxHylo posb B pacrojiokeHUur 6as3ajbHbIX TeJ
peCHUUYEK MTPaeT MUTOCKEJIET, a UMEHHO CETh aKTH-
HOBBIX MUKpoduiaMmeHToB. [Ipn Myranusx GeKoB
Cofilinl, Vangl2, oTBeualoliux 3a nepecTpoiiku ak-
TUHOBOTO IIUTOCKeJeTa, Oa3aibHbIE Tejla peCHUYEK
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Puc. 2. (a) O61uii Bua sMOpHOHA MBIIIN HA CTAAUM FacTPYJISILIMU. (6) Y3eI10K SMOpHOHA MBIIIN, BUII C BEHTPAJIbHOM CTOPOHHI.
(B) [TonepeuHbIit cpe3 yepes y3eaI0K SMOproHa MBIH. (T). PecHUYKM Ha KiteTKax y3enka. A u P — nepenHsist u 3aiHsISI CTOPOHBI
Tejia 9MOproHa, L 1 R — neBast 1 mpaBast CTOpOHBI; (B) MCIOJB3yeTCs ¢ paspeleHust Schroder et al., 2016. duHanbHast, Ormyo-
JIMKOBaHHAasl BEPCUSI CTaTbU TOCTyMHa Ha http://www.karger.com/?doi=10.1159/000440951; (a, 6, r) agzantupoBaHo u3 Hamada,
2016 cormacHo ycnoBusiM Creative Commons Attribution-NonCommercial 2.5 International License (http://creativecom-

mons.org/licenses/by-nc/2.5/).

OCTaIOTCS B LICHTPE KJIETKU, Y 3TO IIPUBOJIUT K HApy-
IIEHUSIM B OIpeaesieHNH JieBo-TIpaBoit ocu (Mahaf-
fey et al., 2013).

PecHunuka

DddexkTrBHas (asa
BpauieHus (BJIeBO)

Kymonoo6pasHast Hesdbdexrusnas
MOBEPXHOCTD KJIETKH «\\ (asa BpareHust
(BIIpaBo)
P

R

Puc. 3. Monenb pe3yJbTUPYIONIETO TOKAa XUIAKOCTH B
y3eJIKe MBITIN. A 1 P — nepenHsist U 3aaHsIsl CTOPOHBI TeJia
aMbOpuoHa, L u R — neBas 1 mpaBasi CTOpOHBI.

OHTOI'EHE3 tom 51 Ne2 2020

IMapaxopnanbHble KIETKU, PaCIiOJOXEHHBIE IO
6OKaM OT y3ejIKa, HeCyT Kaxmas II0 OJHOM HEeIlo-
nBrkHOM pecHnuke (McGrath et al., 2003). ITo-Bu-
IUMOMY, UMEHHO MapaxopaaibHble KJIETKA OTBeYa-
IOT 32 BOCHPUSTHE TOKA KUIKOCTU, CO3TAHHOTO O1e-
HUeM pecHUYeK. Ha maHHBIIT MOMEHT COCYIIIECTBYIOT
JIBE TUITOTE3bl O MEXAHU3MAaX BOCIIPUSTUSI 3TOTO TO-
Ka. [lepBasg — xuMuueckasi, Uy TUIIOTe3a TIepeHoca
MopdoreHa — yTBepKIaeT, UTO KJIETKHU y3eJIKa BbIIe-
JISTIOT BE3UKYJBI C PETUHOEBOI KHCJIOTOM M OEJIKOM
Sonic hedgehog, KoTopbIe ¢ TOKOM KMIKOCTH HAIIpaB-
JISIFOTCST Ha JIEBYIO CTOPOHY Y TaM CJIMBAIOTCSI C MEM-
OpaHaMH TapaxopJaJdbHbIX KJIETOK, 3amyckKasi B HUX
kackana Nodal (Nonaka et al., 1998; Tanaka et al., 2005)
(puc. 4a). Bropas rumore3a — GuMoMexaHUYecKas —
MOCTYJIMPYET, 4TO Tiepeaadya CUTHajaa OT aCUMMeTpUY-
HOTO TOKa KUJIKOCTU OCYIIECTBJISIETCSI 3a CUEeT BOC-
MPUSTHUSI MEXaHYECKOTO BO3IeiicTBMS ToKa (puc. 40).
CoryacHO 3TOif TMITOTe3€, HEMOABVIKHBIE PECHUYKU
WUTPAIOT POJIb AaHTEHH, HEMOCPEICTBEHHO BOCIIPUHU-
Masl TaBJIEeHHE TOKa KUIKOCTU B y3eliKe. MexaHude-
CKMI CUTHAJI OT PECHUYKHU MepemaeTcs yepe3 TpaHC-
MeMOpaHHBIII CEHCOpHBIX 0Oenok Polycystin-1
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Puc. 4. (a) MutiocTpalivis runoTesbl IlepeHoca Mmopdore-
Ha. (6) MiutrocTpatms 6nomMexaHndeckoi rurore3bl. L u
R — nieBast v mpaBasi CTOPOHBI TeJia, 3eJIeHble CTPEJIKU —
HamnpaBJeHUE TOKa XKUAKOCTU, 3BE3MOYKM — YaCTUIIbI
MopdoreHa. Anantuposano u3 Hamada, 2016 coracHo
ycnoBusim Creative Commons Attribution-NonCommer-
cial 2.5 International License (http://creativecommons.org/
licenses/by-nc/2.5/).

(Pkd1) Ha kanbsiueBbie KaHaiabl Polycystin-2 (Pkd2)
(Field et al., 2011), oTKpbITHE KOTOPBIX MPUBOAUT K
KaJbIIMEBOMY TTMKY B TTapaXxOpHaTbHBIX KJIETKaX Jie-
BOI CTOPOHBI SMOpPUOHA U JAJBHEUIIIEH aKTUBaLIUU
MoJieKyJisipHoro kackaga (McGrath et al., 2003). B
MOJIb3Y BTOPOI TUTIOTE3bI TOBOPUT TO, UYTO OetoK Pkd2
NMEeWCTBUTEIFHO HEOOXOIUM IJIST 3aITycKa KacKaa pea-
JIM3allMM aCUMMETPUM B TapaxoplJajbHbIX KJeTKax,
TaK Xe KaK HaJTMIre HeOIBIDKHBIX peCHIYEK M CTIO-
COBGHOCTH KIIETOK co3aaBaTh BojiHy Ca’" B LiUTOIIA3-
Me (McGrath et al., 2003; Yoshiba et al., 2012).

Kpoauk: aeso-npasutii opeanuzamop —
XopdanvHasi NAGCMUHKA

JleBo-TIpaBBIii OpraHM3aTOpP KpOJjanKa (PYHKIINO-
HAJIbHO UIEHTUYEH OPraHU3aTOPy MBIIIN U B 3HAYK -
TeJIbHOI CcTeneHU MOP(OJIOTUYECKU CXOIEH C HUM.
OpraHu3aTop KpoJrKa — 3TO TOXE SITUTETNaTbHBIN
Y4aCTOK Me30JepPMbl Ha BEHTPAJIbHON CTOPOHE M-
OproHa, CBOOOAHBIIM OT rMIo0JIacTa U HECYLIUI 11O~
JIBIKHBIE pecHUYKU. OCHOBHOE pa3jInyKe COCTOUT B
TOM, YTO TMMOGJIACT KPOJMKA MPOPHLIBAETCI HE IO
y3eJIKOM, a Mo MpuJieramlleil K HeMy ¢ TOJIOBHOTO
KOHIIa XOpHAAJIbHOM miacTUHKOM. [ToaToMy MMEHHO
amnekchl KJIETOK XOPAAJIbHOM IIACTUHKM OKa3bIBa-
IOTCSI DKCIIOHUPOBAHHBIMU B TIOJIOCTh KEJITOYHOTO
Memka u GopMupyloT pecHUIKU. COOTBETCTBEHHO,
OUeHre PeCHUYEK U TOK XUIKOCTH Y KPOJIMKA IIPO-

T'oj10BHOIT KOHEIT
SMOpHrOHAa

Turnmonepma

XopnanbHast
IUIacTUHA

PecHuuku

£y _V3enok
.

e

XBOCTOBOI1
KOHEII
SMOpHOHA

BnesapopbiiieBbie
CTPYKTYPBI

Puc. 5. CxeMa 3MOprOHa KpOJIMKa, BUJ C BEHTPaJIbHOI
cropoHbl. [To nanHbeM Blum et al., 2007.

HUCXONUT HE B 00JIACTH y3e/Ka, a B 00JIaCTU XOpaalib-
"ot ractuHky (Blum et al., 2007) (puc. 5).

Kpome Toro, y3enok MbIIIM OPUKPHIT TaK Ha3bl-
BaeMoii MmeMOpaHoii Peiixapara, cocrosiieit U3 on-
Horo cios kietok (Lee, Anderson, 2008), n mox Heit
dopMupyeTcss HEOOIBIIOE TIPOCTPAHCTBO IS IINPKY-
JISIIUAM KUAKOCTU. [ToaToMy y MBIl OOpaTHBIN TOK
KUIKOCTU, HaMpaBJIeHHbIN BIIpaBo, “Npuxar” K To-
BEPXHOCTH PECHUYHBIX KJIETOK M IIPOTEKaeT HEeMo-
CPeICTBEHHO MO JIEBOHAIIPABJIEHHBIM TOKOM. Y KpO-
JIMKA XK€ XXUIKOCTh B JIEBO-IIPABOM OPTaHU3aTOPE CBO-
0OIHO COODIIAETCS C XKMAKOCTHIO XKEITOTYHOTO MEIIIKa,
U TIPOCTPAHCTBO ISl LIMPKYJISIIIMA HAMHOTO OOJIbIIIE.
Bcnencrsue 3Toro o0paTHBIN TOK IIPOXOIUT He IO/, JIe-
BOHAIIPABJIEHHBIM TOKOM, a HECKOJIbKO KayJaJbHee,
BIIOJIb 3aJIHEM rpaHUILIbI XOpJATbHOM TUIAaCTUHKU. Bo3-
MOXKHO, 3TO CBUIIETEJIBCTBYET O TOM, UTO YIOJI HAKJIO-
Ha pEeCHMYEK B XOpAAJbHOI IUIACTUHKE KpOJIHMKA
MEHBIIIE, YEM B Y3€JIKE MBIIIIH.

Jlaeywku: 1e60-npasulii opeaHu3zamop —
Y4aACMoK Kpbludu eacmpouens

AHaJTIOTUYHBIN MBI U KPOJIUKY MEXaHU3M pec-
HUYHOTO TOKA MPEACTABJICH B JIEBO-MIPABOM OpraHu3a-
TOpe aCUMMETPUM IITIOPIIEBOM JISITYIIKH. Y JISTYIIIKHA
STUM OPTraHU3aTOPOM SIBJISIETCS Me30IepMaTbHBIN
Y4acTOK KPBIIIN racTpoliessi — TaK Ha3biBaeMasl gas-
trocoel roof plate (GRP), To ecth OyKBaJIbHO IIaCTUH-
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Puc. 6. Mopdostorust 1eBo-IpaBoro OpraHrM3aTopa B KpbIIie raCTPOLIESIsT IIMOPLIEBOM JIATYIIKA Ha CTaauu Heipybl. hy/nGRP —
TUITOXOPII ¥ TIOBEPXHOCTHAS TPE3yMITTUBHAs Me3onepMa Xopabl, SGRP — MmoBepXHOCTHAs TTPe3yMITTUBHAS ME30IepPMa COMUTOB,
LEC — narepanbHble 3HTOIEpMaibHbIE KIeTKU, End — sHTOREpMAa, bp — Gi1actonop. A u P — nepenHsist 1 3aHsIsSI CTOPOHBI TEJIa 9M-
6puoHa, L u R — neBast v npaBasi cropoHsl. Cxema 3apozpbliiia anantuposaHa u3 Nieuwkoop, Faber, 1994, ¢ uameHeHUsIMU.

Ka Kpbly ractpouenst (Schweickert et al., 2007). Ha
craguu Heipynsl oonacte GRP nipeacrasisier coboii
BBITSTHYTYIO TPEYTOJILHYIO TUTACTUHKY Ha BHYTpPeHHEH
TTOBEPXHOCTH KPBIIIIM TaCTPOIIETISI, CJIOKEHHYIO Me30-
JIepMaJIbHbIMU KJIETKaMU MPe3yMITUBHOMN XOP/IbI U CO-
mutoB. GRP co Bcex cTopoH oKpykeHa SHTonepMab-
HBIM 3TTUTENIMEM, OT KOTOPOTO OTIMYACTCS MEHBIITM
pasmepom Kiretok (Schweickert et al., 2007) (puc. 6).
BaxxHo otMeTutsh, uTo B TakoM Buie GRP cyiiectBy-
€T HeJOoJITO, U yKe K Hayajly CTaJuM XBOCTOBOM TTOY-
ku kj1etku obiactu GRP yxonmsar ¢ BHyTpeHHe! I1o-
BEPXHOCTH TTEPBUYHOM KUIIIKHN, SHTOAEPMA KPBIIIIN
racTpoIessi CMBIKAETCs, Y TIOBEPXHOCTh TacTPOLIeIIsT
OKa3bIBaeTCs BBHICTJIAHHOM TOJBKO SHTOJIEPMaJIbHbI-
mu Kinetkamu (Shook et al., 2004).

Kax mu B ciyyae JIeBO-TIpaBOro opraHu3aTropa y
MBI U KposuKa, kKietku GRP HecyT mo omHoit mmo-
JIBVKHOM pecHU4Ke. [TokazaHo, 4TO 11 YCIIEITHOTO
dopMHpOBaHUS ¥ TO3UIIMOHUPOBAHUS PECHUYEK
HeoOxoauma paboTta reHOB myosin ld v vangl2, oTBe-
YaloUIMX 3a IUIaHAPHYIO MOJISIPHOCTh KiieToK (Tingler
et al., 2018). Pecunuku Ha kietkax GRP Bpamiaiorcs
10 YacOBOM CTpeJiKe ¢ yacToToit 20—25 dueHuii B ce-
KyHIy, UX CyYMMapHOe BpallleHUe co37aeT Haa obJia-
cteio GRP Tok xunkoctu crpaBa HajneBo. Kak u B
cJlydae MBIIIH, JIJIsI IITTOPLEBO JISTYIIKU TT0Ka3aHo,
YTO HAJIMYME JICBOHAIPABJIEHHOIO TOKA Ype3BhIYaii-
HO BaXXHO IIJIsI YCTAHOBJICHUSI aCUMMETPUH TeJla M-
OpUOHA: B YCIIOBUSIX SKCHEPUMEHTAJIBHOTO OJIOKMU-
pPOBaHUSI TOKA XUIKOCTU SMOPUOHBI Pa3BUBAIUCH C
HapyumieHussMu acummetrpun  (Schweickert et al.,
2007). ITotepss aKkCOHEMHOTO AVMHEeMHA (TOMOJIOTUY-
HOTIO0 TAaKOBOMY Y MBIIIIN) BbI3bIBAJa TAaKKe HEIIO-
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JIBUKHOCTB PECHUYEK U Jlajiee HapyIleHUs YCTaHOB-
JleHns acumMetpun. Kpome Toro, y sMOpHoOHa JISTYIII-
KU ObLIO TTIOKa3aHo Hajnuure Ha kieTkax GRP nonHoro
kaHana Polycystin-2 1 ero HeOOXOAMMOCTb IJIsI Tpa-
BWIbHOI1 laTepaiu3anuu 3aponbiiia (Schweickert et al.,
2007; Tingler et al., 2018).

Kocmucmeoie poiovl: aeso-npasutil opeanuzamop —
Kyngepos ny3vipex

YV koctuctoix puid (D. rerio, O. latipes) neBo-npa-
BbIM OPraHU3aTOPOM ACUMMMETPUH SIBJIsIETCI KyTmide-
pos my3bipek (Essner et al., 2005). 9To cienuduaHas
JIISI KOCTUCTHIX PBIO CTPYKTypa, (OpMUPYIOIIASICS B
KOHIIE TacTpYyJSLMM B 3aIHEM OTAejle Tela, BeH-
TpasbHee xopabl. Kymndepos my3sipek 06pa3oBaH 1Mmo-
TOMKaMH TaK Ha3bIBaE€MbIX KJIECTOK-JIMIECPOB, KOTO-
pbI€ COCTABISTIOT (PPOHT MHBOIIONPYIOLIEH T10P3aiib-
HOIT 671acTOIEpPMBI BO BpeMs racTpyiasiiunu. B KoH1ie
TracTPyJISILIMU 3TU KJIETKU SMUTEIUIYIOTCS U 00pasy-
0T GOJBIIYI0 cEepPUUECKYIO CTPYKTYpy. Bo Bpemst
HayaJbHBIX CTaaWil COMMTOTE€HE3a B LIEHTPE STOM
cdepnl TOSIBISIETCST TTOJIOCTh, a HAa OOpallleHHBIX K
Hell anmMKaJbHBIX MOBEPXHOCTSIX KJIETOK HAYMHAIOT
¢dopmupoBarbes pecHuuku (Lin et al., 2017). B o6pa-
30BaHUU TIOJIOCTU KyTi(hepoBa My3blpbKa 3aAeiiCTBO-
BaH T'eH myosin Id, npu ero MyTaluu nojaocTb He hop-
MUpPYETCSI HOPMAJIbHO, U JIEBO-TIpaBasi aCUMMETPUSI
Hapyuraercs (Saydmohammed et al., 2018). Kinerku
KymdepoBa Iy3bIpbKa HECYT IO OAHOI pEeCHUYKE,
oOpamnieHHOM B MOJIOCTh My3bIPhbKAa W OTKJIOHEHHOM
Has3an. BeUTo moKa3aHo, YTO 3TU PECHUYKU MOABMIK-
HBI U BpalllalOTCs MO YaCOBOM CTpeKe, KaK U pec-
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Puc. 7. CtpoeHue JIeBO-TIpaBbIX OPraHU3aTOPOB y OT-
JIeJIbHBIX MPEACTaBUTENICH TO3BOHOUYHBIX XKMBOTHBIX. DK-
TolepMa IoKa3aHa OpaHXKeBbIM LIBETOM, OOKOBasi Me30-
epMa — XKeJITbIM, dHTOAEPMa,/TUIOGIACT — TOJYOBIM,
OpraHu3aTop aCUMMETPUM — (PUOJIETOBBIM C 3eJeHBIMU
pecanukamu. © 2008 Wiley. Mcnonb3yercs ¢ paspeliie-
Hus Lee, Anderson. Morphogenesis of the node and noto-
chord: the cellular basis for the establishment and mainte-
nance of left-right asymmetry in the mouse // Develop-
mental Dynamics, John Wiley & Sons.

HUYIKN SMOpHMOHA MBIIITN, KPOJIWKA U JIATYyIIKU. He-
CMOTpSI Ha TO, YTO ITy3BIpeK MMeeT CHepUIeCKyIo
¢opMy, B HEM ynaetcsl co31aTh JeBOHAIPaBISHHbII
TOK 3a CYeT TOro, uTo 80% pecHUYEK COCPEIOTOYCHBI
Ha Kpbile my3bsipbka (Lee, Anderson, 2008). JIeBo-
HaIlpaBJICHHBII TOK TIPMBOAUT K aCUMMETPUIHOMN
9KCIPEeCCUN T€HOB CUTHaJIbHOro Kackama Nodal —
HaIpuMep, Y STIOHCKOM MeIaKu TeH charon, TOMOJIO-
TUYHBIHA cerl2 (peripeccopy nodal) y MBIIIIN, 3KCIIPeC-
cupyeTtcsl cripaBa U, MO-BUIAMMOMY, TOXE SIBJISIETCS
peripeccopoM romojiora nodal (Hojo et al., 2007). V
D. rerio sxcripeccusi TeHa spaw, TOMOJIOTUYHOTO TeHY
nodal Mplillv, TakKXe 3aBUCUT OT TOKa XXUIKOCTU B
KyndepoBoM My3BIpbKe: TIpM TIPAaBUIIBHOI paboTe
pPEeCHUUYEK OH 3KCIPECCHpPYETCsT Ha JIEBOM CTOpOHE
TeJia, ¥ ero aKTUBAIIUS 3aITycKaeT paboTy OCTATbHBIX
KOMITOHEHTOB cuUTHajibHOro Kackama Nodal (leftyl,
lefty2, pitx2) (Long et al., 2003). I'1pu 61oKupoBaHUU
SKCIIPECCUU Spaw HapyIIaeTcsl SKCIIPECCUST STUX Te-
HoB. B akTnBanmm curHajgpHoro Kackama Nodal y ma-
HUO-PEePUO, KaK M Y MBIIIH, YIaCTBYIOT KaJIbIIIeBhIC
KaHaJbl, KogupyeMbie reHoM pkd2 (Yuan et al., 2015).

Puc. 8. CxeMa IBUKEHHUS KJIETOK BOKPYI MEPBUYHOIO
y3eJ1Ka SMOPHOHA KYypPHUIIbI BO BPeMSI TaCTPYJISIIIAM, YEThI-
pe ctamuu Tpoliecca, BUJ C JOpCabHON cTOpoHBl. Ha
TpeTheil CTaaAMM BUIHO MacCOBOE MepeMellleHUe KIETOK
Ha JIeByI0 cTopoHy 3MOpuoHa. M3 Gros et al. Cell move-
ments at Hensen’s node establish left/right asymmetric
gene expression in the chick // Science. 2009. V. 324. Ne 5929.
P. 941-944. Ucnions3yeTtcs ¢ paspemeHnst AAAS.

Pa3ﬂoo6pa3ue cnocoboe YcmaHoeaeHusa acummempuu
cpeau NO360HO4HbIX

Hecmotpst Ha TO, YTO MEXaHU3MBI YCTAHOBJICHUS
aCUMMETPHUH 3a CYET aKTMBHOCTU PECHHYHBIX KJTe-
TOK Me30AepMaIbHBIX CTPYKTYp 3MOpHOHA, co3aat0-
IIMX TOK XXMIKOCTH, OOHAPYKEHBI Y TIpEICTaBUTEIICH
pPa3HBIX KJIACCOB MTO3BOHOYHBIX (pHUC. 7), 9KCTpaIo-
JIMPOBAaTh WX Ha JIIOOOTO TIPEICTABUTES TTO3BOHOY-
HBIX CJIEAYET C OCTOPOKHOCTBIO. Cpenu MO3BOHOY-
HBIX BCTPEYAIOTCS M WHBIC MEXaHW3MBI YCTaHOBIIE-
HUS acUMMETPHUH, HE CBSI3aHHBIE C CO3TaHUEM
HampaBJIeHHOT'O TOKA XXUIKOCTH.

V 3MOpHroHa KypuLbl, B OTJIMYKE OT MBILLIM, SHTO-
JIepMa, TIOACTUIAIONIAS TIEPBUYHbIN Y3eJIOK U COITYT-
CTBYIOILIME CTPYKTYPBI, CIIOIIHAS U HE UMEET pa3phl-
BOB. Me3onepMa aMOprOHa KypUIIbl OKa3bIBAETCsI T1e-
PEKPBITOI CITJIOIIHBIM 3HTONEPMAIbHBIM CI0EM, U
HUKAaKas ee 4YacTh He SKCIIOHUPYETCS Ha BEHTPAIbHOI
cTopoHe 3MOpuoHa. TakuMm obOpa3oM, Me3olepma He
MOXET 00pa30BbIBATh PECHUYKHU 1 3aITyCKATh TOK XKHU/I-
KOCTH, KaK 3T0 HabmomaeTcsa y Mbinu (Schroder et al.,
2016; Tsikolia et al., 2012).

OCHOBHBIM MEXaHM3MOM YCTaHOBJICHUSI acUM-
METpUM y SMOpHUOHA KypHUIIbl SIBISIETCS KISTOUHAS
nepecTpoiiKa B paifoHe mepBUYHOTO y3eaka. Ha cra-
IUU TacTPY/ISIIMU, BO BpeMsl KOTOpPOil MIMHA Mep-
BUYHOI ITOJIOCKM MaKCUMaJIbHa, IIPOUCXOIUT OBICT-
poe (3—4 4) mepeMellleHHE KIJIETOK, OKPYKAIOIIMX
Y3€JI0K, Ha JIEBYIO CTOPOHY, a CaM y3eJIOK HEMHOTO
n3rudaercs (puc. 8).

B pesynbrate reHnl shh (sonic hedgehog) n fgf8 (fi-
broblast growth factor 8), paHee 3KCIpecCUpOBaBILIEC-
Csl OMMHAKOBO C 00EUX CTOPOH OT y3eJIKa, YBEITNIM-
BalOT MHTEHCUBHOCTH SKCIIPECCHUH Ha JIEBOI CTOPOHE
3aponpliia. Shh 3armyckaeT sKcIpeccuio nodal B Me-
30IIepMe Ha JIEBOil CTOpOHE TeJla 3apObIIa C TIOMO-
LIbIO TeHa-nocpeaHuka caronte (Esteban et al., 1999),
YTO TIPUBOAUT K aKTUBAILIMU XapaKTEePHOTO IJIsI BCeX
MO3BOHOYHBIX CUTHaJIbHOTO Kackana Nodal (Pagan-
Westphal, Tabin, 1998). ODxcnepuMeHTaILHO TTOKa3a-
HO, YTO TP HapyIICHUN MUTPAIIUU KJIETOK BOKPYT
y3eJIKa caM y3eJIOK TpHMHUMaeT 6ojiee CUMMETpHYI-
HY10 (DOpMY, a TeHBI shh 1 fgfS§ TpoooKaIoT 3KCIIpeC-
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(@)

BurennmnoBas oboouka

(6)

ButemnmmHoBast o60109Ka

Puc. 9. CxeMa BpalllcHUsI HEUpYJIbl acLMINM B BUTEJIMHOBON 00ojouke, BUI c3amu. (a) Havamo BpaiieHust sMOproHa.
(6) KoHer BpallieHUs SMOpPUOHA, IJIUTEIbHBIM KOHTAKT JIEBOM CTOPOHBI Tejla C BUTEJTMHOBOU OOOJIOUKOI 3aIycKaeT IKC-
npeccuto Nodal B skTonepme. X — xopia, HT — HepBHasl TpyOKa, 9KT — 9KTOIepMa, Me3 — Me30/iepMa COMUTOB U OOKOBOI IL1a-
CTUHKH, SHT — 3HToAepMa. D u V — cnuHHas 1 OpIoliiHasi CTOPOHBI Tejla 9MOpuoHa, L u R — jieBast u mpaBasi CTOPOHBI.

ITo manabIM Nishide et al., 2012.

CUPOBaThCSI OJMHAKOBO 110 00€ CTOPOHBI OT Yy3eJKa
(Gros et al., 2009). ITpuuuHBI 3TUX KJIECTOYHBIX ABU-
JKEHWM Ha JaHHBIIA MOMEHT HEU3BECTHEI.

HMHTepecHo, 4TO, KaK M Y KypHUIlbl, y CBUHbBU HE
HalJIeHO HMYETro MOX0XKero Ha PeCHUYHBIN OpraHu-
3aTOp aCUMMETPpHH, 1 3aITycK Kackama Nodal Ha re-
BOI CTOpOHE 3MOPHOHA CBUHBU TaKXKe BBI3BIBACTCS
MUTpaLMSIMU KJIETOK CITpaBa HaJleBO BOKPYT MepBUY-
Horo y3eJika (Schroder et al., 2016).

Koncepsamuenocms poau eena nodal u buenus
PECHUYEK 8 YCIMAHOBACHUU ACUMMEMPUL

HecMmotpsa Ha BapuaGelbHOCTb (BO3MOXHO, BTO-
PUYHYIO) MEXaHU3MOB YCTAaHOBJICHUSI aCUMMETPUU Y
IMO3BOHOYHBIX, MEXaHU3M, CBSI3aHHBIA C OMEeHUEM
pEeCHUYEK U TOKOM KUIKOCTU, UMEET, MO-BUIUMO-
MYy, TJTyOOKME 3BOMIOLMOHHBIE KOPHU. CXOXMe CIo-
COOBI YCTAaHOBJIEHUS JIEBO-IIPABO aCUMMETPUU 00-
Hapy>XeHbl Y HU3IINX XOPJAOBLIX U JaXkKe B Tpeaeiax
POICTBEHHOTO XOPAOBBIM THUIIA UTJIOKOXHUX, KOTO-
pbie TaKKe OTHOCSITCS K TPYITIIE€ BTOPUYHOPOTHIX KM -
BOTHBIX.

Acuuduu: poav 3xmooepmanbHbiX pecHUYeK
8 YCMAHOBACHUU ACUMMemMpUl

VY mmunnok acuunnit C. intestinalis v H. roretzi Ha
CTaIuM HEWpYyJbl Ha JIEBOW CTOPOHE Tejla HabJoma-
eTCsI BKCIpeccus TeHa nodal, KOTOPBIil K CTaIuy XBO-
CTOBO MOYKM 3aMyCKaeT 3KCIpecculo reHa pitx (Mo-
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rokuma et al., 2002). O6a reHa TOMOJIOTMYHBI TAKOBBIM
Y TIO3BOHOYHBIX, XOTSI M 9KCIIPECCUPYIOTCSI HE B ME30-
nIepMme, a B 9KTogepMe. bosee Toro, CTUMYJTOM IS 3a-
MyCcKa CUTHAJIbHOTO Kackanga Nodal, Kak 1 y MHOTUX
IMO3BOHOYHBIX, CITYXKUT padoTa pecHuuyek. Ha nmuuuH-
Kax 4YeThIpex BUIOB BUIoB acuunuii (H. roretzi, C. in-
testinalis, P. mammillata, C. inflata) mokazaHoO, 4TO K
CTaguy HEMpYyNIbl 3KTOJAepMaJibHbIe KIIETKU IO Bceit
MOBEPXHOCTU Tejla, KpOMe HEPBHOM 0Opo3/bl, OTpa-
IIMBAIOT 110 OOHOI peCHMYKE Ha KIJIETKY. DTH peCHUY-
KM COBEpIIAIOT MeNJICHHbIE BOJHOOOpPa3HbIC ABMXKE-
Hus ¢ yactotoit 1/7 I'epur (Yamada et al., 2018), 3a cuer
nX paOOTHI BCS JIMYMHKA HEIMKOM ITOBOPAYMBAECTCS
BHYTPU BUTEJIJIMHOBOI OOOJIOYKM IIPOTHUB YacOBOM
cTpenku (Tipu B3rsiae c3ann) (puc. 9a) u mpexkpaiiaet
BpallleHMe, KOoraa JjieBas CTOPOHA Tejla OKa3bIBAeTCS
BHU3Y. JanmbHeieMy moBOpoTy (GU3NIECKH TIPETTST-
CTBYET BBIMYKJIasi HepBHas Tpyoka (puc. 90).

3a cyeT TOro, YTo BUTEJUIMHOBAsE 000JI0UKA BIBOE
Gosble caMoit TMIMHKH (560 MKM TTpoTuB 280 MKM),
TOJIbKO JieBasi CTOpPOHA HEWPYJIbl HEMOCPEACTBEHHO
KOHTaKTUpYyeT C BUTEJUIMHOBOU OOOJOYKOMN. IDTOT
KOHTaKT M 3amyckaeT 3Kcrpeccuio nodal Ha yeBoit
CTOpPOHE TeJjla JIMUMHKU U €€ JaJbHEHIIYyI0 aCUMMeT-
pU3alnIo: B cllyyae UCKYCCTBEHHO BBI3BAHHOTO (1IeH-
TpudyrupoBaHueM WU CXKaTUeM) KOHTaKTa BUTEN-
JIMHOBOM O0OJIOUYKH C TIPABOM CTOPOHOM Tejaa SMOpH-
OHa 3KcIpeccust nodal BO3HMKAET TakKe M CIIpaBa
(Nishide et al., 2012). 3amyck kackana Nodal BbI3bIBa-
ercst OeJikamu, JIOKAJIU30BaHHBIMU Ha BHYTpEeHHEM
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Puc. 10. CurHanbHbIi Kackan Nodal 1 acuMMeTpryHOE pa3BUTHE JIMIMHKY Mopckoro exa. © 2014 Wiley. Mcnons3yetcst ¢
paspeuterus Su Y.H. Telling left from right: Left-right asymmetric controls in sea urchins // Genesis, John Wiley & Sons.

MMOBEPXHOCTH BUTEJUTMHOBOM 000JIOYKY, 2 PECHUYKU
He y4JacTBYIOT B 3ToM mpoluecce (Tanaka et al., 2019).

Mopckue excu: 1e6o-npaewlii opeanHuzamop
acummempuu, pacnon0NCeHHbLil 8 NepBU1HOL KUULKe

JIeBo-mipaBast acCUMMETPUS Y OMIaTepaabHO-CUM-
METPUYHOM JUUMHKHA MOPCKOTO €Xa MPOosIBJISIETCS B
¢opMHpOBaHMHU 3a4yaTKa Tejla B3POCIOTO XWBOTHO-
ro: JIEBbIM LIEIOMUYECKUI MEIIOK IPOPHhIBAETCSI Ha
MOBEPXHOCTDb Teja JIMYUHKU OTBEPCTUEM-TUAPOIIO-
poii, a B JajpHEelIIIeM 00pa3yeT TaK Ha3bIBaeMBbIil py-
JIUMEHT, 3aKJIaIKy, U3 KOTOPOIi pa30BbeTCs B3POCIIOE
xkuBoTHoe (Duboc et al., 2005). ¥ TMYMHOK MOPCKUX
exeir P lividus n S. pallidus obHapyXeHa aCUMMET-
puYHas 3KCIIpeccusl TeHa nodal, BHadajle B BEH-
TpaJIbHO# BHAOME30IepMe apXeHTepOHa JIMYMHKHU, a
3aTeM U B 3KTozepMe. B oTiimaie ot XopmoBhIX, ¥ KO-
TOPBIX nodal PKCIIpecCUupyeTcs clieBa, V UTJIOKOXUX
nodal MapKUpyeT MpaByl0 CTOPOHY TeJjla, He T03BO-
JISIST €1 pa3BUBAThHCS 10 JIEBOCTOPOHHEMY CLICHAPUIO
1 00pa30BbIBaTh IKTOIIMYECKYIO 3aKJIaAKy PYAUMEH-
Ta (Duboc et al., 2005). [1py1 3TOM BaXKHO OTMETHUTD,
YTO MCXOAHAsI 00JIaCThb 3KCIIpeccun nodal HaXOMUTCS
Ha BEHTPaJIbHOM CTOPOHE TUYMHKM, a HEe Ha 1OP3ajib-
HOI, KaK y XOPAOBBbIX. DTO CIYXUT JOMOJTHUTEIb-
HBIM apryMEHTOM B MOJIb3y TOMOJIOTUY AOP3aJIbHOM
CTOPOHBI XOPJIOBBIX U BEHTPAJIbHOI CTOPOHBI UTIJIO-
Koxux (Blum et al., 2009). [Tomumo nodal, y MOpcKO-
ro exa HalileH ero peripeccop lefty, KOTOPHIil HE T103-

BOJISIET CUTHAY nodal pacripoCTpaHSIThCS Ha JIEBYIO
cTopoHy Tena muauHKU (Molina et al., 2013), u ren
pitx2, KOTOPBI HaXOAWUTCS MOA KOHTpoJieM nodal n
BOBJICUEH B PEryJsIlIMIO Pa3BUTUSI aCUMMETPUHU Tesla
(puc. 10) (Su, 2014).

Ha ponb neBo-11paBoro opraHmu3aTopa y MOPCKUX
exeil IpeTeHIyeT YYaCTOK apXeHTepoHa. Y JTMYMHOK
MOPCKMX €Xeil Ha CTaguy TacTpyJbl OOHapyKEHBI
PECHUYKHM, PACIIOJIOKEHHbBIE Ha ME39HTOIECPMAIbHBIX
KJIETKaX MepeaHero KOHIAa apXeHTepoHa U oOpalleH-
HbIe B ero nojocth (puc. 116). Kaxnas kinerka HeceT
Ha anuKaJbHOM ITOBEPXHOCTH IO OMXHOI pPEeCHUYKE,
CMEIIEHHO K 3aIHeMYy Kpalo KJIeTKH (puc. 11T), u 3t
PECHMYKHM COBepIIAIOT BpallaTeJbHbIe IBMXEHUS. B
cllyyae ymajeHUsI peCHMYEK C KJIETOK apXeHTepOHa
HapylIaeTcs mpaBuibHas 3Kcrpeccust nodal (Tisler
et al., 2016). Bce 510 1TO3BOSIET MPEATTIONOXKUTD HA-
JIMYMe Y MOPCKOTO €3Ka MeXaHM3Ma 3aIyCcKa CUTHaIb-
Horo kackazna Nodal mpu ToMoImy IMoaBMKHEIX pec-
HUYEK U TOKAa XUIKOCTHU, CXOKEro ¢ TAKOBBIM MeXa-
HU3MOM Y IIO3BOHOYHBIX.

CITOCOBbbI YCTAHOBIIEHUA
ACUMMETPU3ALINN
Y IHEPBUYHOPOTbBIX KMNBOTHBIX

B rpyniy 1ByCTOpOHHECUMMETPUYHBIX JKUBOTHBIX
Bilateria, moMruMoO TakcoHa BTOPUYHOPOTHIX — Deu-
terostomia, BXOOUT OOIIMpPHAs U pa3HOOOpa3Heillas
rpyrnmna MnepBUYHOPOTHIX — Protostomia. Cpenu ee

OHTOT'EHE3 Ne 2

TOM 51 2020



OBOJIOLIMOHHOE PASHOOBPASUE MEXAHMN3MOB YCTAHOBJIEHUA 105

OcHoBaHMe
PECHUYKHU

Puc. 11. JIeBo-T1paBbIii OpraHU3aTOP JUIMHKA MOPCKOTO exa. (a) Cpe3 yepes 6sractonop racTpyssl. (6) Cpes uepes nepenHoro
00J1aCTh apXeHTEepOHa, CTpeJIKaMM YKa3aHbl peCHUYKHU. (B) CxeMa racTpysibl MOPCKOTO exa. (T) 3amaHee TOJIOKeHNe PECHIYEK
Ha alMKaJIbHBIX TOBEPXHOCTSIX KJIETOK MepenHei 061acT apxeHTepoHa. AnantupoBaHo u3 Tisler et al., 2016, cortacHo yciio-
Busim Creative Commons Attribution 4.0 International License (http://creativecommons.org/licenses/by/4.0/).

MpencTaBUTENIeN TaKKe pacpoCcTpaHeHa BHEIIHSIS U
BHYTPEHHSISI aCUMMETPUS Tejla, Ype3BbIYaiilHO MHTE-
pecHas mist udydeHus. Protostomia messTcst Ha TpyIi-
bl Lophotrochozoa n Ecdysozoa, B Kaxmoit 13 KOTO-
PBIX IIPEICTaBJICHBI CBOU CIIOCOOBI YCTAHOBJICHUS Jie-
BO-TIPaBOM aCUMMETPUM.

Moantocku Gastropoda: cnupanvroe dpobaerue
U 2eH ¢ MamepuHcKum dgpgexmom

T'oBopst 0 TeBo-mpaBoit acuMMeTpuu TakcoHa Lo-
photrochozoa, ciiegyer B mepByIo ouepeab paCcCMOT-
pETh OPIOXOHOTHX MOJUTIOCKOB. UMEHHO ¢ HMX Hada-
JIOCh U3y4YeHNE aCUMMETpHUHU Yy KUBOTHEIX (Boycott,
Diver, 1923). CyliiiecTBYIOT BUIbI C IIPaBO3aKpy4YeHHOM
WJIM JIEBO3AKPYYECHHOM PAKOBUHOM, a TaKXKE BUIbI, Y
KOTOPBIX 3aKPYyYeHHOCTb PAaKOBHHBLI MHIWBHUIYyaJIbHO
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n3MeHuyrBa. [loMruMoO criMpanbHOM pPaKOBUHBI, BHYT-
pEHHME OpraHbl TacTpOIOA TOXEe aCUMMETPUYHBI.
JlekcTpanbHBIE M CUHUCTPaJIbHBIE OCOOM SIBIISTFOTCSI
3epKaJIbHBIM OTPaXKEHUEM JIPYT APYra, XOTs 3epKajib-
HOCTb ITPOILIECCOB AMOPHOTreHe3a OCIapruBacTCsl HEKO-
TopbIMU aBTOpamu (Shibazaki et al., 2004). [Toka3aHo,
YTO XUPANbHOCTb YIUTKU Lymnaea stagnalis oOy-
CJIOBJIEHA OMHUM I'€HOM C MaTepUHCKUM 3(PHEeKTOM,
MIpUYEM JeKCTPaIbHBIN ajljieb IBJISICTCS JIOMUHAHT-
HBIM. TakuM 00pa3oM, eciad B TEHOME MaTepu XOTS
OBl OJIMH aJIjIe]Ib U3 IBYX IeKCTPaJbHBIM, €€ TOTOMKU
OyoyT MpaBO3aKpydYeHHBIMHM, Oaxe eCliMi UX COO-
CTBEHHBIC aJlJIeJIM 3TOTO TeHa 00a CUHUCTPaJIbHBI.
Ecnu B cMHUCTpabHYIO SMLIEKJIETKY BBECTH HEMHO-
ro LIMTOIUIa3Mbl M3 NEKCTPaJbHOM, TO SIMIIEKJIeTKA
CMEHUT XUPATbHOCTh Ha JEKCTPAJIbHYIO, B TO BpeMsI
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Puc. 12. 3epkanbHoe pa3BUTHE AEKCTPAIbHOTO U CUHUCTPaJIbHOTO (heHOoTUNoB y ractpornon. © 2014 Wiley. Mcnionb3yercs ¢
paspemienus Coutelis et al. Diversity and convergence in the mechanisms establishing /R asymmetry in metazoa // EMBO Reports,

John Wiley & Sons.

KakK oOpaTHasl onepaius He MpuBeaeT K U3BMEHEHUIO
xupanbHocTu (Coutelis et al., 2014).

Ha ponbs mckomoro ¢axropa XMpaabHOCTH BBI-
JIBUTAIOTCS ABa TeHa, Kogupylolue popMuHbI — 6e-
KM, yJ4acCTBYIOIIME B TOCTPOEHUM aKTUHOBOIO IIM-
tockeneta (Kuroda et al., 2016). B mob3y 3T0 TUTIO-
Te3bl TOBOPUT TO, YTO pa3pylleHre MUKPOTPYyOOUeK
Ha cTaauu 4 6J1acTOMEPOB He BIMSIET Ha YCTaHOBJICHE
JIEBO-TIPABOI OCH, a pa3pylIeHNne aKTHHOBBIX MUKPO-
¢unaMeHTOB HapyluaeT ¢GOpMHUpPOBAaHUE 3TOU OCHU
(Shibazaki et al., 2004). ITo mocjieTHAM JaHHBIM, I10-
JIyaeHHBIM ¢ Tomolnbio TexHojiorun CRISPR/Cas9,
HOKayT reHa hopMuHa Isdial y neKCTpaJIbHBIX YIUTOK
MPUBOAUT K TOSIBJIEHUIO Y HUX CTPOTO CUHUCTPAJIbHO-
TO TTOTOMCTBA, HAaCJIEMYIOIIETO 3TO M3MeHeHue. Takum
obpa3oM, UMeHHO Isdia I IBIsIETCSI UICKOMBIM “T€HOM
XUPAJIBHOCTU”. DTO I'eH C MaTepUHCKUM 3 (hEeKTOM:
OCTKOBBIN MPOMYKT IMPUCYTCTBYET B SUIEKIETKE W
orpeaensieT OyaylIylo XUpaJbHOCTh 3MOPUOHA yXe
Ha CTaauu 3UTOThl Ha BHYTPUKIIETOUHOM YpPOBHE
(Abe, Kuroda, 2019).

Buenrnue npusHaku JIEBO-TIPaBOM aCUMMETPUM Y
racTPOIO MPOSIBISIIOTCS TIPU TPETheM AeJeHUN IPO0-
JIEHMsI, KOTIJIa MUTOTUYECKNE BepeTeHa YeThIpeX Ojia-
CTOMEPOB OTKJIOHSIOTCSI OT BEPTUKAJIbHOM OCHU. DTO
MPUBOIUT K BU3yaJIbHOMY MOBOPOTY OTIAEIMBIIEIOCS
KBapTeTa MUKPOMEPOB OTHOCUTEILHO MaKpPOMEPOB —
10 WJIM TIPOTUB YacoOBOM CTpenKku. Takoe gpobieHme
Ha3bIBAIOT CITIUPAJIBHBIM, U OHO XapaKTepHO JJIsI TPYII-
nbl Spiralia. TToka3zaHo, 4To IyTeM aKKypaTHOIO MC-
KYCCTBEHHOI'O TOBOPOTA KBApTeTa MUKPOMEPOB MOX-
HO 10OUTHCS MOJIHOTO U3MEHCHUSI XMPAJIbHOCTH YJIUT-
KH, TIpUYEM MOJIy9eHHBIE KMBOTHBIE ObLIM 300POBBI U
depTIIILHBI, OTHAKO ITOJOOHBIE M3MEHEHUS XpPaslb-
HocTu He Hacnenyrorces (Kuroda et al., 2009).

'V MOJLTIOCKOB OTMEUEHBI TOMOJIOTY TeHOB nodal 1
pitxX, KOTOpPBIE Y XOPOOBBLIX OTBEYAIOT 3a aCUMMET-
puio. B pe3ynbrare gpoOiieHus 3apoabIiiia TOMOJOTH
nodal n pitx TOXe 3KCIIPECCUPYIOTCSI ACUMMETPUYHO:
Ha MpaBoii CTOPOHE y IeKCTPaJbHBIX 0COOEH U Ha Jie-

BOW — y CUHUCTpaJibHbIX (puc. 12). B manbHeiem
9T 6eJIKM 00yCIOBJIMBAIOT BCIO aCUMMETPUIO B3pOC-
JIOTO OpraHu3Ma, BEPOSITHO, YEPE3 MOCPETHUYECTBO
Mmopdorena Dpp. I[Ipu BBeneHnn nHrubuTopa, cre-
uuduanoro Kk cynepcemeiictsy TGF-3 (k kotopomy
otHocatcd Nodal u Dpp), acumMmeTpus 1iporangana,
W PAKOBUHBI YJIMTOK MMEIW KOHYCOBUIHYIO He3a-
KpydeHHY0 popMy (Grande, Patel, 2009).

XapakTepHblIii 1151 OPIOXOHOTUX MOJUTIOCKOB TOP-
CUOHHBII MOBOPOT (TO €CTh Pa3BOPOT BHYTPEHHOCT-
Horo Memika Ha 180° B xome OHTOreHe3a), SIBJISIIO-
IIUICS OMHUM W3 MPOSIBICHUIA MOP(OIOrnIecKom
aCUMMETPUU, JOJITO€ BpeMs CUUTAICH PE3YJIbTaTOM
MBIIIEYHOTO YCWIUSI JTUYMHKHW, OMHAKO IT0Ka3aHo
(Kurita, Wada, 2011), 4TO OH IPOMCXOIUT M3-3a UH-
TEHCUBHOI npoudepaluu NOTOMKOB KJIETOK, 3KC-
MpeccupoBaBIIUX nodal Ha Gojiee paHHUX BTaIlax dM-
opuoreHe3a. BosgeiicTBue Ha JUUYUHKY MOPCKOTO
omoneuka Nipponacmea fuscoviridis mHruouTopa K
6enkam cyrnepcemeiictea TGF-f3 mpuBoanio K mo-
JaBJIeHUIO TIpoJndepaum 3TUX KIETOK, U TOPCUOH-
HOTO MOBOPOTA HE TTPOUCXOIUIIO.

NEMATODA: TOBOPOTbI BJIACTOMEPOB
N HEKAHOHWYECKHWHW Wnt-TIVTb

Cpenu rpynnbsl Ecdysozoa u3mo0JeHHBIM MO-
MEeTBHBIM OOBEKTOM OMOJIOTOB SIBJIIETCS HeMaToma
Caenorhabditis elegans. Hematonbl OTHOCSITCS K opra-
HU3MaM C XOPOIIO BbIpask€HHBIMU KJIETOYHBIMU JIM-
HUAMU, 1 B MHOTOYMCJICHHBIX MCCICTOBAHUSIX TIPO-
cliexxeHa cynpoa kaxnoii kiaetku C. elegans. HecmoTpst
Ha 3TO, MEPBUYHBINA CTUMYJ K HapylleHUlO OuiaTe-
paTbHOM CMMMETPUM TOYHO He u3BecTeH. [lepBoe
MPOSIBJICHUE AaCUMMETPHUH TIPUXOAUTCS Ha CTaaUIO Ye-
ThIpeX KJieToK. [Tpu moaroToBKe K AeJICHUIO MepeIHUi
1 3aTHUI TopcabHBIe O6J1acTOMepbl HEMHOTO TTOBOpa-
YHBAIOTCS HATIPABO, I MUTOTUYECKAST OCh B KAXKIIOM U3
HUX TepecTaeT ObITb TEPIEeHAUKYISIPHONH aHTepUO-
TTOCTEPUOPHOI ocH. B pe3yibTare mocie nejaeHus 3TUX
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(a) (6)

Puc. 13. DMOpUOH HeMAaTOIbl HA CTAAUU 3UTOTHI (a) U
IIeCT! KJIeToK (0). A u P — mepenHsist u 3agHMe CTOPOHBI
Tena sMoproHa, L u R — sieBast u ipaBast croponsbl. Ctper-
KaMU OKa3aHO HarpapIeHHe MOTOKa KOPTUKAIBHOTO aK-
TUHOBOTO cJios1. AmantupoBaHo 13 Naganathan et al., 2014,
commacHo ycnoBusim Creative Commons Attribution 4.0
International License (http://creativecommons.org/li-
censes/by/4.0/).

ﬁ Drosophila
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Puc. 14. YcranosneHue acummerpuu y D. melanogaster.
(a) T'eHeTWyeckuii IyTh OIpENEICHUS ACUMMETPHUU.
(6) BzaumoneiictBus 6enka Myosinld ¢ aKkTUHOBBIM 11U -
tockeneroM. © 2014 Wiley. Mcrionb3yeTtcsi ¢ pa3pelieHust
Coutelis et al. Diversity and convergence in the mecha-
nisms establishing L/R asymmetry in metazoa // EMBO
Reports, John Wiley & Sons.

6GJ1aCTOMEPOB OKa3bIBaeTCs, UTO JIEBBIA OJIacToMep B
KaXKJIO# mape pacIiojioxKeH OIKe K Oymylleii TojioBe,
yeM npasbiii (Pohl, 2011). B nBuskeHus1x 6J1acTtoMepoB
3a/IeiCTBOBaHA CUCTEMa aKTUHOBBIX MUKPOGMIaMEH-
TOB M CHCTeMa MUKPOTPYOOUeK: pa3pylleHre 000
U3 HUX MpeKpaliaeT MoBOPOT OJaCTOMEPOB U acCUM-
MeTpu3aluio 3MOpumoHa HeMatombl (Naganathan
et al., 2014).

B nBmzxkenusix 6mactoMmepoB yuacTByioT PAR-06er-
K1 1 G-0eJIK1, COBMECTHOE e CTBUE KOTOPHIX BhI-
3bIBAET HAIpPaBJIEHHbIE CMEIIEHUS KOPTUKAILHOTO
CJIOS KIIETKU M MUTOTHYecKoro BepeTeHa (Pohl, Bao,
2010). XupasbHble MOBOPOTHl KOPTUKAIBHOTO CJIOSI
LIMTOIUIa3Mbl OTMeUYeHbI Yy aMOpuoHa C. elegans yxe
Ha ctagum 3urotsel (puc. 13a). Iloka3zaHo, 4To B3au-
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MOJEUCTBUST MUO3WHA C aKTUHOM B KOPTHKAJTHLHOM
CJI0€ BBI3BIBAIOT MEXaHWYECKHE HATIPSDKEHUS U Bpa-
1IaTeIbHbIEe CMEIeHUsI aKTUHOBOM CETHU MO YacoBOit
cTpeike (KOPTUKAIBbHBIN TOK). Ha crammu yeThIpex
01acTOMEpOB 3TH Xe XMPaTbHBIC BpalllaTeJIbHbIE MO-
MEHTBHl B KOPTUKAJILHOM CJIO€ MPUBOASAT K CMeElle-
Huio BepereHa neneHust (Naganathan et al., 2014)
(puc. 130).

V Ecdysozoa He HalimeHO TOMOJIOTOB TeHa nodal.
3amnycKk TOBOpOTa JOpCaJIbHBIX O0JaCTOMEpPOB OCY-
IIECTBISIETCSL Yepe3 HeKaHoHmdYeckuii Wnt-1ryTh. 3a-
KpeIieHe paHee YCTAaHOBJIEHHON MOP(MOIOrmIecKon
JICBO-TIpAaBOI aCUMMETPUN M OAHO3HAYHOE OTpeaeie-
HUeE CYIbObI KJIETOK IIPOMCXOIUT HAUYMHAS CO CTamuu 12
KJIETOK, KOTJIa MEXKIY ITapHbIMU OJ1acCTOMEpPaMU BO3HM -
KaloT pa3inuyus B pabore curHajibHoro mytd Notch
(Ponl, 2011).

IMPEACTABUTEJIb ARTHROPODA: MUO3MH
N HATAXKEHUA MEMBPAH KIJIETOK

Bo Bcex pacCMOTPEHHBIX BBIIIIE CIIyJasx aCMMET-
pust opraHu3Ma yCTaHaBJIMBaIach B X0/ie SMOpHUOreHe3a
pa3 1 HaBceraa, o0yCIOBIMBAs OINpee/IeHHbII clieHa-
puii pa3BUTHsI OPraHOB. TeM ymIuBHUTEbHEe CITydail
npozodunsl D. melanogaster (41€HUCTOHOTHE, KaK U
HeMaTobl, oTHOCSTCS K rpyrme Ecdysozoa), y KoTopoii
OTHENIbHBIC OpPTaHbl (KUIIEYHUK, CEMEHHBIE TIPOTOKH)
MMPUOOPETAIOT ACUMMETPUYHOE CTPOCHUE HE3aBUCUMO
JIPYT OT ApyTa U Ha pa3HbIX 3Tarax oHToreHesa. Mx pas-
BUTHE KOHTPOJIMPYETCSI OMHUM TeHOM myosin Id (romo-
JIOTUYHBIM T€HY TTO3BOHOYHBIX), 3(heKThl KOTOPOTo
MPUBOIAT K “JAeKCTpajibHOMY” (heHOTUITY MyX. MHTe-
PECHO, YTO BHIKJIIOUEHIE 3TOTO T'eHa B KOHKPETHOM Op-
raHe MPUBOJIUT He K paHIOMM3alMA aCUMMETPHUU Op-
raHa, Kak MOXHO ObLJI0 Obl OXXKMIaTh, a K Pa3BUTHIO
JIOKAJILHOTO “CHMHMCTpajibHOTO” (heHOTHUIa (Spéder
et al., 2006). Cam reH myosin Id KOHTpOJIPYETCS O~
HuUM u3 Hox-reHoB abd-B, 1 Npy BBIKJIIOYEHUU ITO-
ro reHa aCMMMETpus BoBce He pa3BuBaeTcs (Coute-
liset al., 2013). ITonoGHbIe 3(bDeKTHI BO3ACHACTBUS HA
CUTHAJILHBIN KacKaJl MO3BOJISIOT MPEATOJIOXUTh Ha-
JIMYMe elle He OTKPBITOIO “CHMHMCTPAIbHOTO” IIyTH,
KOTOPBI aKTUBUPYETCST TIPOIYKTOM TeHa abd-B v nH-
TMOMpYeTCsl TapasuleJIbHbIM “IeKCTpalbHBIM” ITyTEM
uepe3 myosinld, a B €ro OTCYTCTBHE HampaBJIsIeT OpraH
110 CUHUCTPAJIbHOMY ITyTH pa3BuTH (puc. 14a).

IlponykTt reHa myosinld — GeJloK U3 ceMelicTBa
MUO3UHOB, CITOCOOHBIN IlepeMelllaTh Ipy3bl BIOJb
HUTH aKTWHA 3a cueT sHeprun AT®. [Insg yctaHoBIe-
HUS AaCUMMETPUU TOM UM UHOM CTPYKTYphI B Opra-
HU3Me Ap030dUJIbl 3TOT OEOK B KJeTKaxX AaHHOI
CTPYKTYPBI CBSI3BIBACTCS C KJIETOYHOM MeMOpaHOI
yepe3 DE-kanrepun u B-katenuH (puc. 146). Takxke
rMokazaHa Tepegaya CHUTHajla Ha MeMOpaHy uvepes
atunudHbii KaarepuH Ds (Gonzédlez-Morales et al.,
2015). 3a cuet nepemellieHus MUO3UHA BAOJIb aKTH-
HOBBIX MUKPO(WIAMEHTOB BO3HUKAET aCUMMETPUY-
HOE€ HaTsDKeHUE MEMOpaHbI, KOTOPOe, IT0-BUIMMO-
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Puc. 16. CriocoObl yCTaHOBJICHUSI aCUMMETPUM Ha (puiioreHeTudeckKoM apeBe Metazoa. © 2014 Wiley. Micionb3yeTcst ¢ pa3pe-
meHust Coutelis et al. Diversity and convergence in the mechanisms establishing L/R asymmetry in metazoa // EMBO Reports,

John Wiley & Sons.

My, U OmpeaelisieT TalbHEHNIIyIo JIaTepalu3aluio.
HHTepecHO, 4TO B OTCYTCTBUE MUO3MHA HATSXKEHUS
MeMOpaHbl Bce paBHO HAOII0MAIOTCS, YTO yKa3bIBa-
eT Ha CXOOHYI C MUO3MHOM MNPUPOAY ITOKA HEU3-
BECTHOTO “cuHHUCTpanbHOro” dakropa (Coutelis et al.,
2014).

CNIDARIA: SKCITPECCHUA KOMITIOHEHTOB
CUTHAJIBHOT'O KACKAJIIA NODAL
ITPU ITOYKOBAHUN

J1o cux Top aCMMMETPHIO B CTPOSHUHU Tejia ObLIO
MPUHSTO paccMaTpuBarh y ounarepuii. OmHaKo He-
IaBHO ObLIO mokaszaHo (Watanabe et al., 2014), 4yto
MPEANOChUIKM K JIEBO-TIPaBOii aCUMMETPUU UMEIOT-
csl My cecTpuHCKoii ¢ Bilateria rpynisl — paauaibHO-
cumMeTpndHbIX Cnidaria. Tak, mpecCHOBOIHBIE IIO-

munsl poaa Hydra BpeMeHHO TIPUOOPETAIOT YepPThI
JIIBYyCTOPOHHEN CUMMETPUU TIPU MOYKOBaHUU. bbL1o
MOKa3aHo, YTO B 3aUaTKe MOYKHU JOYEPHEro Mojaumna
SKCIIPECCUPYETCS TeH ndr, UMEIOIINIA 3HAUNTETBHOE
CXOJIICTBO ¢ nodal y ounatepunii. bonee Toro, 3ToT reH
3amycKaeT aKcrIpecculo reHa pitx (puc. 15). [Tomumo
3TOT0, B TeHOME TUAPHI HAiIeHBI TeHBI-PENPECCOPHI
nodal, mpmHamimexamme cemeictBam Cerberus m
Dan, u smad2/3, 3aneiicTBOBaHHbBIE B Tiepeaayve CUr-
HaJja oT nodal. Takum o6pa3oMm, yke y TUAPLI TPUCYT-
CTByeT KaK MUHMMYM YacTb CUTHAJILHOTO KacKaja
Nodal.

SAKJIFIOYEHUE

MexaHU3MBI YCTAaHOBJICHUA aCUMMETPHUU B pa3-
HBIX I'pyHIiiax >XXMBOTHBIX MOXKHO CIpynimmMpoBaThb ITO
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HECKOJIbLKMM XapaKTepHbIM TTpUu3HakaM. brueHue pec-
HUYEK, CO3JAIONIMX HAMpPaBJIEHHBbI TOK >XUIKOCTH,
KaK MpUYMHA 3aycKa aCUMMETPUYHOM 3KCIpeccuu
T€HOB XapakKTepHa IS BCEX TPYIN MO3BOHOYHBIX,
KpoMe MTUll (M3y4eHHBIX Ha MPUMEPE KYypULIbl) U
OTAENbHBIX BUIOB MJIEKOMUTaIOIUX (CBUHBS). O0-
Hapy>XMBalOTCSl 3HAYUTEJbHbIE CXOICTBa B MOpdo-
reHese, CTPOEHUU U (PYHKIMOHUPOBAHUU JIEBO-
MMPaBOro OpraHn3aTopa aCUMMETPUH y MJIEKOITUTAa-
OIuX, aMPuOnii 1 peId. 3aKOHOMEPHO IIPEAIIOI0-
KUTb, YTO PECHUYHBIU JIEBO-TIpAaBbIif OpraHU3aTop
aCUMMETPUU SIBJISIETCSI Oa3alibHBIM TIPU3HAKOM I10-
3BOHOUYHBIX, OBIBIIUM y UX OOILIETO TpeaKa, a ciaydyau
€ro OTCYTCTBUS Y KyPUIIbl U CBUHbBU SBJISIIOTCS PE3YJIb-
TaTOM BTOPUYHOM YTpaTbl 3TOM CTPYKTYpPbl MU, KaK
CJIEICTBUE, YTPaThl “peCHUYHOIO” CII0CO0a YCTaHOB-
JIECHUSI aCUMMETPUU.

OOHapyXeHHe “peCHUIHBIX MEXaHM3MOB” yCTa-
HOBJICHUST aCUMMETPUHM Y aCIIUINi U, TIaBHOE, Y UT-
JIOKOXHUX TIO3BOJISIET CTPOUTH ellle Oojiee cMesible
MIPEIITONIOKeHUsI. PeCHUIHBIN opraHM3aTop acuM-
METPUU WTJIOKOXUX OOHApYyXKMBAaeT OIpeleieHHbIE
CXOJICTBa C TaKOBBIM Yy TTO3BOHOYHBIX: PacIiojioxkKe-
HUE B TICPBUYHON KWIIKE, TMOIBWKHBIC PECHUYKH,
CMeIlIeHHBIe K 3aHeMY Kpalo KJIeTOK, aCUMMeTpUYI-
HO HaIpaBJIeHHBI TOK XUIAKOCTU B TEPBUYHOI
KUIIIKE, PUBOISIINKA K SKCIIPECCUU T€HOB, PETYJIN-
PYIOIINUX YCTAaHOBJIEHUE aCUMMETpUH. BIiosHe Bepo-
SITHO, UTO W MTJIOKOXUE, U XOPAOBbIe YHACIEI0BaIN
CXOIOHBIN MeXaHM3M acMMMETPU3AIIMd OT OOIIero
MpeiKa, 9TO OTOABUTAET BpeMsl BOSHUKHOBEHUSI pec-
HUYHOTO JIEBO-IIPAaBOr0 OpraHM3aTopa aCUMMETPUU
Ha elme Oojiee paHHee DBOJIIOIIMOHHOE BpeMs, K
MpeaKy Beeit Kirambl BTOPUYHOPOTHIX.

IlepecTpoifkm aKTHHOBOTO IIUTOCKEJIETa HEOOXO-
VMBI JIJIST YCTAaHOBJICHUSI aCUMMETPUU, IO KpaiHei
Mepe, Yy NepBUYHOPOTHIX. ¥ HeMatonbl C. elegans,
nposoduisl D. melanogaster v ynutku L. stagnalis Ha-
TSDKEHUE aKTUHOBBIX (PUJIAMEHTOB BBI3BIBAET MeXa-
HUYECKUE HAMpPSDKEHUS B KOPTUKAJIBHOM CIIO€ KJle-
TOK, IIPUBOASIIINE K CMEIICHUIO BEPETECH IEICHUS
KJeToK. MHTepecHOo, 4YTO B 3TOM IIpollecce 3aaeii-
CTBOBAaH I'eH myosin Id, ToMOI0TY KOTOPOTO Y MO3BO-
HOYHBIX TaKXKe OKa3aJIUCh HEOOXOIUMBI IJIST yCTa-
HOBJICHUSI acUMMeTpuu. Takum o0pa3oM, pojib ak-
TUHOBOTO IHUTOCKEJeTa B YCTAHOBJIECHUU JIEBO-
MMpaBoif aCUMMETPUU U DBOJIOLIMOHHAs KOHCepBa-
TUBHOCTb 3TOM POJIX OCTAIOTCSI MHTEPECHBIMU Te-
MaMM JIJis1 U3YUEeHUSI.

CurHanbHbli kackan Nodal aBasgeTcs 3BOTIOLMOH-
HO KOHCEPBATHMBHON I'eHETUYECKOI OCHOBOI aCUMMET-
pyu y TIpeACcTaBUTENEi BCeX M3Yy4eHHBIX IPYITI BTOPUY-
HOPOTBIX. DTO MO3BOJISIET C YBEPEHHOCTHIO 3aK/TI0UNTh,
YTO YK€ Y TIpeiKa BTOPUIHOPOTHIX 3TOT KACKA BITIOJ -
HSIJT BaXKHYIO POJIb B YCTAHOBJIEHUM aCUMMETPUM.

B rpymne nepBUYHOPOTHIX CUTYALIMsI HE CTOJIb OJI-
HosHauHas. ¥ Ecdysozoa He HaliieHO T€HOB, TOMO-
JIOTUYHBIX TeHaM CHUTHaJlbHOro kackaga Nodal, a B
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rpynne Lophotrochozoa poiib 3Toro Kackama mu3yde-
Ha TOJILKO Yy OPIOXOHOTMX MOJIITIOCKOB, V KOTOPBIX
MEXaHM3M YCTAHOBJICHUSI aCUMMETPUM Ha KJIEeTOY-
HOM YPOBHE OTJIMYAETCS OT TAKOBOI'O Y BTOPUYHOPO-
TeIX. [lo3TOMY BOMIIpOC O TOM, Yy9acTBOBAJI JIM CHUT-
HalbHBINA Kackag Nodal B ycTaHOBJIEHUM aCUMMET-
puM y OOIIero IpeaKa NepBUYHOPOTHIX, OCTAETCS B
3HAYUTEIILHOM CTETICHW OTKPBITHIM M TPEeOyeT HalTb-
HeWIux ucciaenoBaHuii. TeM He MeHee, (pakT yya-
CTHSI OJHOIO M TOrO K€ KackaJa B YCTaHOBJICHUM
ACMMMETPUU y TIPEeACTABUTEJIEN KaK MEPBUYHO-, TaK
U BTOPUYHOPOTHIX TO3BOJISIET MNPEAIIOI0XUTh €ro
CXOOHYIO (GYHKIIUIO 1 Y X OOIIUX IPEIKOB — 0a3ajib-
HBIX OMJIaTepuit.

HenasHs1s1 Haxonka curHajgbHoro kackama Nodal y
MPeACTABUTEIST KHUOAPUIA, TUOPHI, OTOIBUTAET €ro
BO3HMKHOBEHME 110 ob1ero nmpeaka Cnidaria n Bilate-
ria, YTO ITO3BOJIACT NMPEAIIOTIOXKHNTD, YTO 3TOT KacCKal
OBUI yXXe Y paHHUX Metazoa, a ero OTCYTCTBUE B IPYIIIIe
Ecdysozoa — pe3ynbraT BTOpUUHOI yTpaThl (puc. 16).

BIIATOJAPHOCTHU

4 6marogapio Moero HaydHOro pykoBoautenst CTaHu-
cnaBa BamepbeBuya KpeMHeBa 3a moMoIlb B HaITUCAaHUU
craTtbhu, a Takke KOnuio AnekcannpoBHy Kpayc 3a ieHHbIe
3aMevyaHusl.
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Evolutionary Diversity of the Mechanisms Providing
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Left-right asymmetry is an important feature of the bilaterian animals body plan. Malformations of left-right
axis result in pathologies of varying severity, therefore, studying the mechanisms of its establishment in em-
bryonic development is important for the fundamental science and for the medicine. The main question to
answer in the course of research work is how and when the symmetry breakage in a developing organism oc-
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curs. This area of research is intensely developing, and various mechanisms of left-right axis establishment
have already been discovered in animals of different phylogenetic groups. Unfortunately, comparative studies
of these mechanisms often focus on a few phylogenetically distant objects of developmental biology and do not
analyse the diversity that exists within the taxonomic groups. Therefore, this review aims to show the variety of
mechanisms for establishing left-right asymmetry in the early development of metazoans; to make assumptions
about the evolutionary conservatism of these mechanisms; to find out which of the mechanisms is basal for the Bi-
lateria and for the Metazoa in general. The article systematizes our knowledge about the establishment of left-right
asymmetry on the basis of the Nodal signaling cascade activity; compares the morphology and functioning of the
left-right organizers of different animals; compares the role of mechanical tensions in establishing asymmetry in
different Protostomia. Generalization and analysis of data on the establishment of left-right asymmetry provides a
new insight into the evolution of the development of multicellular animals.

Keywords: left-right asymmetry, asymmetry establishment, left-right organizer, body plan, metazoans,
bilaterians, Nodal, development
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BHNOJIOTHUA PA3BUTUA XKNNBOTHBIX

(BECITIO3BOHOYHBbBIX 1 ITO3BOHOYHDbIX)

YIK 577.217.5+57.085.23:57.017

IHEIITNAbI CEMAKC 1 HLDF-6, BBEAEHHDBIE KPbICAM PA3SHOI'O
BO3PACTA, PET'YJIUPYIOT PUTM CUHTE3A BEJIKA B I'EITATOILINTAX,
NCIIPABJIAA HAPYHIEHUA IIPU CTAPEHNU
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J1J1s1 yTOUHEHMST OpraHU3YIOLIEro neicTBus rentuaoB cemake 1 HLDF-6 Ha KMHETUKY cHTe3a Oejika B rera-
TOLUMTAX, B IOTMOJHEHUE K ucciaenoBaHuto in vitro (bponckuii u np., 2019) uzyurnu acbdekTsl 3TUX NENTUI0B
in vivo Tiocjie BHyTpUOPIOIIIMHHO X UHBEKIIMY KPbhICAM pa3HOTo Bo3pacTa. McciienoBajii OKOJIOYacOBOI (yiTb-
TpaJAuaHHbBII) PUTM CUHTE3a O6e1Ka, MapKep MPSIMbIX MEXKKJIETOUHBIX OTHOIIEHUI. MOJIOIbIM, TTOJIOBO3PEITbIM
WJIU CTapbIM KpbICaM BHYTPUOPIOIITMHHO BBOAWIIM NENTHABI — B 103aX S0—100 MKT/Kr. BbIAeasiv renatonuThb
U CTaBUJIU PEeKUE WU TJIOTHbIE KYJIbTYPbl. ¥ MOJOIBIX KPBIC, MOJTYYMBIIUX TOT UJIM UHOU MENTU, B UX
PEIKMX CYTOYHBIX KYJIbTYpax OOHapyXUJIU PUTM CUHTe3a OeJiKa; Yy KpbIC TOTO Xe BO3pacTa, KOTOPbIM UHb-
elrpoBain GU3pacTBOp, pUTMa B TaKUX KyJIbTypax He Obl10. B MIOTHBIX KyJIbTypax CTapbiX KpPbIC TTOCIIE
BBEJIEHUS TENTUAa aMIUIUTYIbl pUTMa CUHTe3a Oejika He OTJIUYAIMCh OT PUTMa MOJIOABIX KPhIC; TTOCIIe
WHBEKIUU DU3pacTBOpa aMIUIMTYIbl pUTMa ObUTK BABOE HUXe. MHbEeKIIMS MenTuaa B3pociblM KpbicaM,
MOJTyYUBIIUM JI0 3TOTO 10haMUH, 0OHAPYKIJIa HOPMAJIbHBIH TSI KPBIC 3TOTO BO3pacTa pUTM CUHTE3a OeJKa;
MHBEKIINS TOJBKO HTodaMUHA JUKBUIMPOBAIa pUTM. PerynstopHblil 3¢ deKT NeNTUI0B COXPAHSJICS MO
MEHbIIIe Mepe 2 JTHS TTocJie OTHOKPATHOTO UX BBEIeHUs Kpbice. PeKoMeHmyeTcsl UCITOJIb30BaHME ceMaKca
win HLDF-6 st yitydiieHust COCTOSIHUS CTapbIX JIIOACH, KOMIIEHCALUU HapyLIeHWiA KWHETUKU CUHTE3a

Oenka IIpu CTap€HUMN U IMAaTOJIOTUH.

Kanroueewie crosa: IICTITUAbLI, PUTM CUHTE3a 66]’[Ka, CTap€HUC

DOI: 10.31857/S0475145020020032

BBEJEHUWE

Panee, BBOISI B cpey € KyJIbTypaMU renaToluTOB
KPBICHI MENTUI, CEMAKC WA APYTOM PETYIATOPHBIN
nernrug HLDF6, MbI 00HApY:KIHM U3MEHEHUST KHE -
TUKM CUHTe3a 0eKa, OJarolpusITHbIE ST KJIETOK,
BBIJIEJIEHHBIX OT CTAPBIX XXUBOTHBIX (Bbpomckuii u np.,
2019). Ompenenstid OKOJI0YaCOBOM PUTM CHUHTe3a
Oenka. PutM, XapaKTepuU3yIOIINII CUHXPOHM3ALIIO
KJIETOK ITyTeM MNPSIMbBIX MEXKIIETOUHBIX B3aUMOeii-
CTBUi1, HAXOMSAT B TTOTHBIX KYJIbTYpax KphIC JT1000TO
Bo3pacTa. Ho B KynbTypax CTapbhX XWBOTHBIX aM-
IUTUTYIBI pUTMA 3HAYUTEIIbHO HIKE, Y€M Y MOJIOIBIX.
JlobaBieHMe TIENTUAOB B CPelly C TAKUMHU KYJIbTypa-
MU TIOBBIIIAJIO aMIUIMTYALl pPUTMa MOYTU BABOE, JIO
YPOBHSI PUTMa KYJIbTYP, BBIACACHHBIX OT MOJIOIBIX
KUBOTHBIX. JIJIsT TOrO 4TOOBI pEeKOMEHIOBAaTh UCCIe-
JyeMble TeTTUAbl I YAYyJIIeHUs COCTOSHUSI CTa-
pBIX JIIOAE, CIIeIOBaJo OIPeneuTh UX 3M(EKTH
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in vivo, TIpU BBeIEHUM WX XWUBOTHBLIM. JlOXOOAT 1
JIeKapCcTBa J0 MeYeHU ¢ KPOBBIO U, €CJIU TTOCTYMAIOT B
MEXKJIETOYHYIO Cpeay, ASCTBYIOT JIU KaK B KYJIbTYpe
MpU TIPSIMOM UX JOEMCTBUM Ha KJIeTKH? MOXHO T
TaKXXe PEeKOMEHIOBATh IEeNTUIbI IJIsI KOMITEHCALIUU
JIEMCTBUS BEIIECTB, HAPyIIAIOIINX KUHETUKY CUHTE-
3a Oenka, OJIOKMPYIOIIMX aKTUBHOCTh COOTBETCTBY-
omux petentopoB? Ilpy MoOJIOXMUTENBHBIX OTBETaX
CJIEOBAJIO BBISICHUTH, KaK JIOJITO COXpaHseTCcs OJjia-
TOTBOpPHOE IJIsI KMHETUKU CHUHTe3a Oelika JeiCTBUE
NenTUI0B?

MATEPHAJIBI 1 METO/IbI

O1BITEI TOCTaBACHEI Ha cTapbiX (2—2.5 roma, Bec
480—600 r) 1 MOJIOABIX, IMOJIOBO3peNbIX (3—4 Mec.,
Bec 200—300 r) kpwicax camiuax Bucrap. Kpbicam
BHYTPHOPIONTMHHO BBOIWIN TENTUI — CEMaKC WIIN



114 BPOJCKHWM u np.

HLDF6 B mosax 60—100 MKr/Kr misg cemMakca VI
50—60 mkr/xr mst HLDF6. IIpenBaputenbHO Mccie-
nmoBasM 3¢ deKTH MEHBIINX U OOIbIMX H03. Yepes
60 MH W3 TIeYeHHN BBIICIISIIN TeIaTOIUTHI, CTABIIIN
IUTOTHBIE WM peaKue KyJBbTYPhl M Yepe3 CYTKH MC-
clenoBaI KMHETHKY CHHTe3a Oeka. B HeKoTophIx
OTTBITaX KPBICHI TOJYJaJIN TIenTHI ¢ KopMoM. KoH-
Tpou: GU3NOIOTUIECKUI PacTBOP, a IUIST ceMaKca —
CMeCh aMWHOKWCIIOT, COCTaBJISIOIIMX 3TOT TeIlTa-
TTeTITHI.

MeTonbl BbIIEICHUS TeTIaTOLIMTOB, UX KyJIbTUBU-
pOBaHMS M UCCIEIOBaHUS KMHETUKU CUHTe3a Oeaka
MHOI'OKPaTHO PacCMOTPEHbI paHee, a TAKXKe B HeTaB-
Hell crathe B XypHaie “OnrtoreHe3” (bponckmit
u 1p., 2019). Kopotko, nenanu cienyroiee. I'enaro-
LIUTHI BBIAEIISUIN U3 TIEUSHU MTPU MTOMOIIU TTepPy3UM.
JJ1st KyTbTUBUPOBAHUS TEIIaTOLMTOB UCITOJIb30BaN
cpeny 199 6e3 criBopoTku (“ITan®ko”, Poccus): K
cpene no6apnstau 0.2 MIr/MJ anbOyMUHa ST KJIETOU-
HbIX KyJabTyp (“Sigma”, CIIA) u 0.5 MKTr/MJI UHCY-
yHa (“Sigma”, CLLIA); razoast cmech — 10% CO, u
90% Boznyxa. J1j1s1 moydeHUsI IJIOTHBIX KYJIBTYP, CYC-
MeH3uIo, coaepxkansuyo ~1 x 10°/mMa remaronuros,
HajauBaJM B yaiiku [leTpu co creknaMu, MOKPHITBIMU
KoJimareHoM. Penkue KyabTypbl OMydYaad U3 TOU Ke
CYCIIEH3UHU TeNaTOLUTOB MPU Pa3BeIEHUU €€ IPUMEP-
Ho B 10 pa3. Uepes 2 4 cTekia KyJabTyphl (Kaxaas Ha
OTIEIbHOM CTEKJI€) OTMBIBAIM OT HE IMMPUKPETTUBIIINX-
¢S KJIETOK 1 MX 00;10MKOB. Yepes 24 u cpeny MeHSIIIN
Ha HOpMaJIbHYIO0, CBEXYIO cpeay 1 yepe3 20 MUH B Te-
yeHue 2 4 Kaxasie 10 MUMH nmocienoBaTeIbHO OTOMpa-
JIV TIPOOKI TI0 TPU KYJBTYPHI (TP CTEKJIa) Kaxnas u
MHKyOupoBau ux ¢ *H-ynefnuHom.

KynbTypsl Kaxmoii mpoObl MHKYOMpPOBaJIW OJ-
HoBpeMeHHO B TeueHue 10 muH npu 37°C B cpene
199 6e3 neitniuHa (“ITandko0”, Poccus) ¢ BHeceH-
HBIM B Hee MeuyeHbIM SH-neiiumnom (UMT PAH,
25—30 mxKu/mi, crienududeckas MoJaspHast ak-
tuBHOCTh 70—100 Ku/MMomnp). 3aTeM KyJIbTYpbI
MMPOMBIBAJIU XOJOAHBIM (DU3MOJOTUUECKUM PACTBO-
POM C U3OBITKOM HEMEUEHOTO JeHlIMHa 1 00padaThI-
BaJM 5%-HOM XJIOPHOM KUCIOTOM B TeueHue 60 MUH,
MOCJIe Yero MPOMBIBAJIU CIIMPTOM, OEJIKM pacTBOPSI-
M ruamMuHOM (OeH3eTOHMYM xjopum; “Sigma”,
CIIA). BrnoueHue SH-neiiuHa B 6JIKU U paguo-
aKTUBHOCTb CBOOOJHOTO JielillMHA (KMCIOTOPacCTBO-
puMasi ppakiysi) U3MEpsII Ha CUMHTULISILIUOHHOM
cuetumke Tri-Carb 2810TR (“Perkin Elmer”, CILIA).
Juist Kaxkaoi KyJIbTYpbl paCCUMThIBAIM OTHOCUTEIb-
HOe K KHCJIOTOPACTBOPUMOI (hbpakKlMU BKIIOUEHUE
neinyHa B 6eaku Icorr. Takue OTHOCHUTENIbHBIE Be-
JIMYUHBI HOPMAJIU3YIOT KYJIbTYPbI 11O UMCTY KJIETOK,
a Takxe Mo HeOOoJIbIIol BapuadebHOCTH TeMIlepaTy-
DBl B TEUEHME OIIbITA.

PE3VJIBTATBI 1 OBCYXIAEHHWE

IMockoabky 10001 MOMYJSIIMOHHBINA OKOJI0Yaco-
BOI1 pUTM OpPraHU3YyeTCS B KIETOUHOM KYJIBType TOJIb-
KO IIyTeM MNPSIMBIX MEXKJIETOYHBIX B3aUMOACHCTBUIA
(0630pkl: bpoackuii, 2014, 2018), kaxkmoe oOHapyxKe-
HUE€ pUTMa — OJHO3HAYHBINI MTOKA3aTelb TAKUX B3au-
MoneiicTBuii. OTCYTCTBHE PUTMA TaKKe OIpeesIeH-
HO TOBOPHUT O TOM, UTO KJIETK! HE B3aUMOIEUCTBYIOT.
OMnBITHL, TIPUMEPBI KOTOPKIX JAIOTCsI Ha puc. 1—7, mmo-
BTOPSIIM, HO 3HAYMMbI M €IUHUYHBIC pPE3yJIbTaThI.
AMIUIUTYIBI pUTMa XapaKTEPU3YIOT BHIPAXKEHHOCTb
MPSIMBIX MEXKJIETOUHBIX B3aUMOAEMCTBUIA, KOOIIe-
paluny KJIeTOK B OpraHu3aui pUTMa.

Hekotopsie apyrue mnpenBapuTelbHbIE 3ameva-
Husi. Bo3pacT KpbIChI, KaK U3BECTHO, XapaKTepusyeT
ee Bec (I'ambapsH, Jlykenbckast, 1955). Kprwichl pac-
TYT BCIO CBOIO XXM3Hb — 10 2—3 jieT. Macca Tena mo-
JIoAbIX MoJioBo3peibix Kpbic — 180—300 r, Bec cTapbix
2-netHUX Kpbic okono 500 r u 6osee. Bropoe: remaro-
LUTHI MOJIOAOI IOJOBO3PEIO KPBICHI UpPE3BbIYATHO
cJ1abo mpoaudepupyromiasl KjieTouyHasi TONyJIsiys; B
po0ax N3y4yeHHBIX HAMU KYJIBTYP He ObUIO IEJISIIIXCS
KJIIeTOK. TpeThe: KyJIbTYphI MICCICHOBAIN B OECCHIBOPO-
TOYHOM cpene, npemioxeHHoit B.B. Tepckux u tectu-
poBaHHOIT Ha cuHTe3 6enka (bpoackuii u np., 1996).

Ha puc. 1 npuBeneH mpumep ncciaeaoBaHUs pell-
KUX KYJIbTYpP Y MOJIOABIX KpbIC. B TakKuX CyTOYHBIX
KyJIbTYypax, Kak MHOTOKpPaTHO IMOKa3aHO HaMW pa-
Hee, cpa3y II0CjIe OTMBIBAHUS M IIEPEHOCA B CBEXKYIO
cpely, pUTM CHUHTe3a OejKa He OOHapy:KMBaeTCs.
Brenenue kpoice huznonorndyeckoro pactsopa NaCl,
BBIAEJICHNE Yepe3 Yac IelaTOLMTOB M ITOCTaHOBKA
pPeIKUX KyJIbTYp MOATBEpAMIa 3TOT BhiBoI. BTopoii
KpbIce MPUMEPHO TaKOTO Xe BOo3pacTa 1 Beca BBeIU
BHYTpUOpIOIIMHHO ceMakc. Ilocite Takoit Xe, KakK y
MepBOI KPBICHI, 00pabOTKU B peIKMX KyIbTypax Ha-
IIJIM YeTKUI OKOJ04YacOBO PUTM CUHTe3a Oejika C
BBICOKOOOCTOBEPHBIMI MAaKCHMMyMaMUd U MUHHMY-
MaMu. Y TpeTbeil KpBICHI, KOTOPOI BBEJIU TICHTH]L
HLDF-6, Takxe BBISIBIIEH PUTM C TpeMsI IIeprogaMu
B TeUeHHUE 2 4.

Crenyolmii OIBIT IIOCTABJICH HA IUIOTHBIX KYJIb-
Typax TenaTolUTOB cTapbIx Kpbic. Kak moka3aHo pa-
Hee (0030p bpoackmii, 2014), B Ki1eTKax cTapbIX KPbIC
aMIUIMTYyJa PUTMAa CUHTe3a OeIKa 3HAYNTEIbHO HITKE,
YeM Y MOJIOJIbIX JKUBOTHBIX, YTO TOBOPUT O HAPYILICHU-
SIX KooIlepalyy KJIETOK B OpraHM3alluM KUHETUKU
cuHTe3a 0enka. Ha puc. 2 3ToT BeIBOI ITOATBEPXKICH Y
KOHTPOJBHOM cTtapoit Kpeichl. [locie BBeneHusT BTO-
PO CTapoii KpbICE CEMaKCa UJIM TPEThEI KpbICe MEM-
taa HLDF-6 HaGmogany puTM ¢ BBICOKUMU aMTLIH-
TyIaMU.

ITomyTHO BBIICHMIOCK, YTO 3(pPEKT ceMakca Ipo-
SIBJISIETCSI HE TOJIBKO MOCJE €r0 MHBEKIIMU, HO TaKXKe
ocJje KOpMJICHUS KpbIC ceMakcoM (puc. 3). B kynbery-
pax remaToIMTOB CTapbIX KPBHIC, KOTOPHIM C KOPMOM
Jajii ceMakce Win (bU3UOJOTUUECKU pacTBOp (KOM-
OMKOpPM CMOYWJIM PAacTBOPAMHU COOTBETCTBYIOIIEit
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Puc. 1. CyrouHble peKre KyJIbTyphl TelaToUTOB MOJIOABIX KPHIC, BHYTPUOPIOIIMHHBIC MHBEKIIUU. a — Kpbice BecoM 280 r
BBEJIM (DU3PACTBOP, Yepe3 | 4 BBIIEIUIN FenaTOLMThl M TOCTAaBUIIN KYJIbTYpPbI, Yepe3 CYyTKH MCCIeI0BAIM KHUHETUKY CUHTE3a
6enka; 6 — Kpbice BecoM 310 r BBesin cemake — 100 MKr/Kr, najee Kak a; B — Kpbice Becom 320 r BBeniu HLDF-6 — 60 MKr/KT,
najee Kak a. 311ech 1 Jajiee: Kaxaasi Touka — cpeliHee UIsi TpoObl U3 TPeX KyJIbTYp B JaHHOE BpeMsl T OlIMOKa 9TOM CpenHeit;
CIUTONIHAS TIpsiMast IMHWSI CPeTHUI YpOBEHb CMHTe3a Oesika (cpeaHsisi apudmMeTrueckas) (cpm) 1uist BCeX KyJIbTyp BapUaHTa
OIbITa, B JAHHOM cJTy4ae 36 KyJIbTyp, Kaxkaasi Ha OTIeJIbHOM CTeKJIe; MTyHKTUPHbBIE TTPSIMbIE JIMHUU BbILLE U HUXE CpeiHel + ormoka

3TOM OO0IIIelt CpeTHEe.
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Puc. 2. CyTouyHbIe TUTOTHBIE KYJIBTYPhI FEMaTOLUTOB CTAPbIX KPbIC, BHYTPUOPIOIIMHHBIC MHBEKIIMH. a — KpbIice BecoM 520 T
BBeJIU (PU3PaACTBOP, Yepe3 | 4 BBIAEIMIN TeMaTOUNUThI ¥ TIOCTABUJIN KYJIbTYPhI, Yepe3 CYTKU MCCIeI0BAIA KHHETUKY CHHTE3a
6enka; 6 — Kpbice Becom 550 1 BBesu ceMakce — 100 MKT/KT, qajee Kaxk a; B — Kpbice BecoM 480 r BBesiu HLDF-6 — 60 Mkr/KT,

Jajiee Kak a.

KOHIIEHTpallM1) 3HAYNUTEJbHO OTIMYAIUCh aMILIUTY-
Bl pUTMOB. B peaxux KyJIbTypax MOJIOIBIX KPBIC, Ha-
KOPMJIEHHBIX CEMaKCOM, HaIlUIM PUTM CUHTe3a Oeska
(puc. 4); B KOHTpOJIe B PEAKUX KYJIbTypaX MOJIOMOM
KpBICHI pUTMa HeT (puc. 1 ¥ MHOTOKpaTHO paHee).
CyuTanoch, YTO B KUIIEUHUKE TENTUI paclagaeTcs
JI0 aMMHOKHCJITIOT. MBI TIPEIITOIOKIIIN, YTO KOJICOAHMS
CHHTe3a GeJIKa CUHXPOHU3UPYIOTCS P ITEPOPATEHOM
BBEACHUU TIENITUAA OMHOM M3 €ro aMMHOKUCIIOT. Ta-
Kasi CMECh aMUHOKMCJIOT, COCTABIISIIONIASI CEMAKC, ObI-
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Jla coOpaHa: METMOHWH, TJIyTaMUHOBasi KUCJIOTa, TU-
CTUaWH, (beHWIAIaHWH, TIPOJIVH, IJIUIIWH, ITPOJIMH.
ITocie KopMiIeHMSI MOJIOIOM KPHICEI pACTBOPOM CMECH
aMUHOKUCJIOT B pa3HbIX KOHLIEHTPALIUSIX PUTM CUHTE-
3a Oenka He Hanuin (puc. 4). DTU ONBITHI TTO3BOJISIOT
PEKOMEHI0BATh MCITOJIb30BaHME CeMaKca, KakK JeKap-
CTBa, B TabJieTKaxX MOCJE MCHBITAHWU TaOJeTOK JJIst
HENPONPOTEKTOPHOTO JSHCTBUSI ceMakca, OOOCHO-
BaHHOTO BO MHOTHX pabOTax.
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Puc. 3. CyTouHble TJIOTHBIC KYJIBTYpPBI TeaTOIMTOB CTaphIX KPBIC, IIEpOpaIbHOE BBEACHME. a — KPBICY BecoM 590 T 1ocite cy-
TOK TOJIOJAHUST HAKOPMUJIU KOMOMKOPMOM, CMOYEHHBIM (hU3pacTBOPOM, Aajiee Kak puc. 1 u puc. 2a; 6 — Kpbicy Becom 550 T
HaKOPMIIM KOMOMKOPMOM, CMOYEHHBIM ceMakcoM u3 pacuera 100 Mkr/KT, najiee kak puc. 1 u 2.

OxoJioyacoBoit pUuTM cUHTe3a 6esika oTnpeaeTuiIn
y 0aKkTepuii, U3y4YEHHBIX OJHOKJIETOYHBIX 9YKApUOT,
a y MJIEKOIUTAIOILIMX — B TeraToluTax u KepaTuHO-
LIMTaX, KJIETKaX OKOJOYIIIHOM U MOMIKEITyI0UHOM Ke-
JIe3, B pa3HbIX HelipoHax (003op, bponckuii, 2014).
Kaxk u npyrue dpakTanbl, OKOJOYaCOBbIE PUTMBI 1, B
YaCTHOCTH, PUTM CUHTe3a OeJika KpaifHe HepeTyJisip-
Hbl. Takue pUTMbI MOTYT OBITh OCHOBOI (DYHKIINO-
HaJIbHBIX M METaOOJIMYECKUX afanTaiuii, BeIoopa or-
TUMaJIbHBIX YacTOT, YTO Ha pa3HbIX MpuMepax odoc-
HOBaHO 3KCIIEPMMEHTAJIbHO 1 HAOII01aJIU B KITMHUKE
(00630p, bponackmii, 2018). 'emaToLUTHI JIUIITb MOJECIH
U1 TAKWX UCCIIEOBAHNI, 2 pUTM B HalllEM CJTy4yae uc-
MOJIb30BaH KaK MapKep MEXKJIETOUHBIX B3auMOJEN-
cTBUit (cM. Takke cTp. 3). YeM cribHee KIeTKU B3au-
MOJIECTBYIOT APYT C NIPYrOM, CUHXPOHU3UPYS UHIU-
BUAyaJIbHble KOJieOaHWs, TeM OOJbllle aMIUTUTYIbI
MONYJISIIIMOHHOTO pUTMa CUHTe3a Oenka. PaHee B
KYJIbTypax renaTolMTOB, MOJTyYEHHBIX OT KPbIC Pa3HOTO
BO3pacTa, Mbl OOHAPYKWJIM 3HAUUTEIHLHOE YMEHbIIIe-
HYE aMIUIUTYJ PUTMa B KyJIbTypax CTapbIX KPbIC CpaB-
HUTEJIBHO C MOJIOIBIMU; TIENTUAbI, BBEACHHBIE B CpEIy
C TAKMMMU KYJIbTYpaMU, YBEIUYWUIU aMIUTUTYIbl pUTMa
(bponckuii u ap., 2019). B HacTosiieit padbote nenTu-
bl — cemakce wuii HLDF-6 — BBoguiu kpeicam. Dd-
GbeKT MOATBEPAMWJIICS in ViVo: TETITUIBI KOMIIEHCUPY-
IOT CTapyeCKhe U3MEHEHUsSI MEXKJIEeTOYHBIX B3au-
MopaeicTBuii. M3BecTHO, YTO HapyllIeHUs CBsI3el
MEXIy KJIETKaMUu — OJHa U3 NIPUYUH HelipoaereHe-
paTuBHBIX 3aboneBaHuit (1uT. Yrpiomosn, 2014), B
OCHOBHOM, TIPUCYIIIMM CTapbIM JIIOASIM. YCUJIEHUE
MEXKJIETOUHBIX B3aMMOJECTBUI NenTuaaMu — pa-
Hee Heu3BeCTHOoe ux cBoiicTBo. [ToaToMy Hapsay c
yXe OOOCHOBAaHHBIMU HEUPOMPOTEKTOPHBIMU UX
sddexramu, nentunbl cemakca 1 HLDF-6 moryr

OBITh PEKOMEHAOBAHBI JJIsI ITUPOKON MPpOodpUIIaKTH-
KW B CTAPOCTH.

HccnenoBanue 3@deKToB MENTUIOB in Vivo TIpU
WHBEKIIMU UX KpbICaM 00OCHOBAJIM BBIBOJ PaOOTHI Ha
KJIETOYHOI KyJIbTYpe O BO3MOXHOCTH KOMITEHCAIIUH
OTPULIATEILHOTO BIUSIHUSI HEKOTOPBIX JIEKAPCTB Ha
MEXKJIETOUHble B3auMoaeicTBus. Tak, modamuH,
IIMPOKO UCTIOJIb3YEeMBIi TIPU COCYIMCTO-CEPACUHOMN
HEAOCTaTOYHOCTH, TUKBUIUPYET PUTM CUHTe3a Oeli-
Ka B IIEYEHU U, CYOd 10 pelienTopaM, TakKXKe B IOIKe-
JymodHoM Xkeye3e u mouykax (Brodsky et al., 2012).
Nnunekuusa cemakca win HLDF-6 nocie nodamuna
BOCCTaHaBJIMBaeT PUTM CHMHTe3a Oeska (Hampumep,
puc. 5). OIBIT MOCTaBJIEH Ha TUIOTHBIX KYJIbTYpPaxX MO-
JIOABIX KpbIC. B KOHTpoJsie (MHBEeK1IMS (hu3pacTBOpa),
KakK Bcerma, YeTKUi puT™ cuHTe3a oenka. MHbekiums
KpbICe OJIM3KOro Beca M Bo3pacTa nodaMuHa JUKBU-
IUpOBAJIO pUTM. TpeTheil Kphice 4Yepe3 4ac Mmociie
WHbEeKUIMU JodaMuHa BBeau cemakc. Purm Boccra-
HoBUJICS. MOXHO peKOMEHI0BaTh MOCJIe HEOOXOA-
MOTO BBeAeHUsI JodaMUHa 4YeJOBEeKYy, 4epe3 He-
CKOJIBKO YaCOB UHbEIIMPOBATH OJMH U3 MENTHUIOB.

Kak monro coxpansiercss 3(p@peKT ceMakca W
HLDF-6? UccnenoBaiy IUIOTHBIE KYJIBTYPBI CTAPBIX
KpbIC. Pe3ynbTaThl aHaIOTUYHBI TSI IBYX IIEIITUIOB.
Ha puc. 6 npumep s HLDF-6. OgHoit Kpeice BBe-
Jm ¢uspacTBop, yepe3 60 MUH BBIASIWIN TUIOTHBIE
KYJIBTYpPHI ¥ Uepe3 CYTKHU UCCIIeIOBAIM CUHTE3 OeIKa.
Btopoii kpoice BBesiu HLDF-6 1 B Te XXe cpoku uc-
cliefoBav CUHTE3 Oeska. Y TpeTbeil KpbICHI TenaTo-
LUTHl BBIOSIWIN 4Yepe3 CYTKU II0CJie WHBEKIIUU
HLDF-6. Y Ttakoii KpbIChl, KaK U Y BTOpOii, ObLI YeT-
KM pUTM CMHTe3a Oejika B TeUeHUE JBYX IHEeU moce
nabekunu HLDF-6. B onbite ¢ cemakcoMm (puc. 7)
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Puc. 4. CyrouHble peakue KyJbTypbl MOJIOIBIX KPBIC,
rnepopajibHOe BBelleHNE. a — KpbIcy BecoM 350 T mocJie cy-
TOK TOJIOHAHUST HAKOPMUJIU KOMOMKOPMOM, CMOYEHHBIM
pacTBOPOM CMECH aMUHOKMCIIOT (M3 COCTaBa ceMakca) u3
pacueta 100 MKr/KT, najee Kak puc. 1—3; 6 — KpbICy Be-
com 330 r TaKUM Xe CIocoOOM HAKOPMWIN KOMOUKOP-
MOM, CMOYEHHBIM ceMaKcoM 13 pacdeTa 100 MKr/Kr.

HCCIIEA0BAIN PEAKUE KYILTYPhI MOJIOABIX KphIC. [10-
CTaHOBKA OTBITOB OblyIa TAKOM e KaK CO cTapbiMil. B
KOHTPOJIE B PEIKUX KYJIbTypax pUTMa CUHTe3a Geka
He O0bu10. CeMakc opraHm3oBaji putMm. DddexT co-
XPpaHsUICS TI0 MEHBIIIE Mepe 2 THS.

Wrak, nenrrunel cemakc 1 HLDF-6 ocie BBeae-
HUSI UX KPBICE PETYIMPYIOT KUHETUKY CMHTEe3a OeKa
B KieTkax neyeHU. Cemakc — hapMaleBTUUECKUit
npernapar, objagarolirii HOOTPOITHOM U HelpoIpo-
TEeKTOpHOU aKTUBHOCTBIO (MscoenoB, I'puBeHHU-
koB, 2004; JleBuukas u ap., 2008, 2010; Dmitrieva
et al., 2010). Cemakc BiaMsIeT Ha IIPOLIECCHI, CBSI3aHHBIE
¢ bopMHUpOBaHUEM TTaMSITH, YCUJIMBAET N30MpaTeIb-
HOe BHUMaHue Mpu oOyYeHUU 1 aHaIu3e uHhopma-
UM, YIydilIaeT afallTalliio OpraHnu3Ma K TUIIOKCHM,

OHTOI'EHE3 tom 51 Ne2 2020
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Puc. 5. CyTouyHble IJIOTHBIE KYJbTYPbl MOJIOIBIX KPbIC,
BHYTPUOPIOIIMHHBIE MHBEKIINU. a — Kpbice BecoM 280 T
BBeJIM (puspacTBop, yepe3 120 MUH BBIASIWIN IelaToL-
Thl U TIOCTABWJIM TIJIOTHBIE KYJIBTYPHI, AaJIbHElIIIe Mpo-
LIEAYPBI CM. TIPEIBIIYIIe PUCYHKI; 6 — Kpbice BecoM 300 T
BBenu 15 MKr/kr nodamuua, yepe3 120 MUH BbIIEIWIN
rernaToLMThl M OCTABWIIN TIOTHBIE KYJIBTYPHI, Jajiee Kak a;
B — Kpbice BecoM 310 r BBesn 15 MKT/KT nohaMuHa 1 de-
pe3 60 MuH cemakc 100 Mkr/Kr elie Ha 60 MMH, TTOCJIE Ye-
IO BBIIEJIUJIN TeMaTOLUThI U MOCTABWIN TJIOTHBIE KYJIb-
TYpBI, lajiee Kak paHblIle.
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Puc. 6. [LitoTHBIe KyJAbTYpbI CTapbIX KpbIC, BHYTPUOPIOLIMHHAs MHBeKUMS nentuna. CoxpaHeHue addexra nenTuaos. a —
kpoice BecoM 500 r BBenu ¢uspacTBop, yepe3 60 MUH BBIIEIWINA TEMATOLMTHI U TTOCTABUIU TUIOTHBIE KYJIBTYPHI, ajice Kak
panbine; 6 — kpbice BecoM 480 1 BBesn 60 Mkr/KT HLDF-6, yepe3 60 MUH BbIICTWIN TeNATOLUTHI M TTOCTABUIIY TJIOTHBIE KYJTb-
TYpBI, Yepe3 CYTKH MCCIIeI0BaIM CUHTe3 6eska; B — Kpbice BecoM 350 T BBenmu HLDF-6, uepe3 cyTKY BBIAEIMIN TeaTOLMTh
U MOCTAaBWJIM TIOTHBIE KYJIBTYDBI, €11e Yepe3 CYTKU UCCIEI0BaIM CUHTE3 OesKa.
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Puc. 7. OnbIT, aHaJIOTUYHBIM pUC. 6, HO UCCIEIOBAIA PEAKKUE KYJIbTYPhl MOJIOABIX KPbIC. a — Kpbice BecoM 300 T BHyTpUGPIO-
IIMHHO BBEJIM (DU3PACTBOP, MOCTABWIM PEIKUE KYIbTyphl K Yepe3 CYTKU MCCIeI0BalIi CUHTE3 6ejika; 6 — Kpbice BecoM 260 T
BBesin 100 MKT/Kr cemakca, najee Kak a; B — Kpbice BecoM 290 T BBeJIM ceMakc, Yepe3 CYyTKU IMOCTaBWIM KYJIbTYpbI.

LepeOGpalbHOIl WIIIEMU, HApKO3y U IPYIrUM ITOBpeE-
KIaIM Bo3aeiicTBusiM. Ero ocobeHHO peKOMeH/ Ty -
0T MOCJIe MHCYJILTOB U IPYTMX HApyHICHUSIX (PYHKIIUI
1 MeTaboIM3Ma Mo3ra. J1J1s1 HepOoIIpOTEKTOPHOTO et -
tga HLDF-6, B pamkax co3manus (papMalie BTHIeCKO-
ro Tipernapata JJisl JedeHusl 6oJie3HU AJblireiiMepa u
UIIIEMUYECKOTO MHCYJIBTA, ObITA BBITTOJIHEHBLI B TIOJ-
HOM o0ObeMe NOKJIMHUYECKUE ucciaenoBaHus (3oj0Ta-
peB u 1p., 2014; Bodachouk et al., 2016; Zolotarev et al.,
2016). bbelna ycTaHOB/IEHA BLICOKAS HEMPOIIPOTEKTOP-
Has aktuBHOCTE Ttenrraa HLDF-6, ero npuMmeHeHue
MPUBOJIUT K MPAKTUYECKHU TTOJTHOMY BOCCTAaHOBJIEHUIO
MaMSITU TIPU 3TUX HepodereHepaTUBHBIX MATOJIOTH-

ax. [lentung HLDF-6 nipenoxpaHsieT HEMPOHBI TUII-
rnmokammna (opraH, IMOBpeXIaloIIUcs NMpu 0oJie3HU
Anblreiimepa) OT TOKCHYECKOTO HeMcTBUSI OeTa-
amuiaouna. Ilpu astom HLDF-6 abconoTHO HETOKCH-
YeH, W JIaKe ThICSTYEKpaTHOE MPEBBIIICHUE TeparieB-
TUYECKOI J03bl HEe TIPUBOAUT K MATOJOTUUECKUM U3-
MeHeHUsIM. J1J1s1 cpaBHEHUSI MOXHO CKa3aTh, 4TO BCE
Mpernaparhl, UCIOJIb3yeMble B Tepariuy HeMpoaereHe-
paTUBHBIX 3a00JIeBaHUIi, 00J1a1aI0T BLICOKOU TOKCUY -
HOCTBIO YK€ P TIPEBHIIIEHNN JIe4eOHOI TO3BI B HE-
CKOJIBKO pas.

Hamu moka3aHoO BIMSIHUE 3TUX ABYX IICIITUIOB Ha
CUHTe3 OeJIKa B KJIeTKax II€4YCHU, paHEC ITPU IIPAMOM
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NIeiICTBUM Ha TeraToOLMThI Moc/e BBEASHUS TenTuaa
B KYJbTYpPaJIbHYIO Cpelly, Telepb IMOcjie MHBEKIINU
Kpbice. OcoOeHHO 3HAYMMO HaOJIIoJIeHUEe BIUSIHUS
cemakca 1 HLDF-6 Ha KuHeTUKY cuHTe3a OeJiKa re-
MaTOLIMTOB CcTapbiX Kpbic. Kak yxe orMedanoch, re-
MaTOLUMTBl B 3TOM cJiy4ae, MOMAEb ST WU3Yy4eHUs
MEXKJIETOUYHBIX B3aUMOAEUCTBUIl. PaHee cxomHble
OTHOIIEHUS ONpPENeeHbl B pa3HbIX KJIETKaX, BKIIO-
yasi HepBHbIE (0030p, bponckuii, 2018). OnbITHI in vivo
MO3BOJISIIOT PEKOMEHIA0BAaTh KaXXIbI TIENITUA Kak
MpoduIaKTUUECKOE W KOMIIEHCATOPHOE CPENCTBO
JUTSL YJIYYILIEHUST COCTOSIHUST CTaphIX JTIOMIEH.
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The Peptides Either Semax or HLDF-6 Injected to Rats Regulate Protein Synthesis
Rhythm in Hepatocytes Correcting Senescent Disturbances
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ul. Ostrovityanova 1, Moscow, 117513 Russia
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Received June 4, 2019; revised October 1, 2019; accepted October 10, 2019

To clarify the organizing effect of peptides Semax and HLDF-6 on the Kinetics of protein synthesis in hepato-
cytes, in addition to an in vitro study (Brodsky et al., 2019), the effects of these peptides in vivo have been
studied. The circahoralian (ultradian) rhythm of protein synthesis, a marker of the direct cell-cell communi-
cation, was investigated in rats of different ages. Peptides were injected intraperitoneally to young (2—3 month old)
or old (1.5—2 year old) rats in doses of 50—100 ug/kg. Hepatocytes were isolated and sparse or dense cultures
were established. In young rats that received one or another peptide, in their sparse cultures a rhythm of pro-
tein synthesis was found; in rats of the same age, which were injected with saline, there was no rhythm in such
cultures. In dense cultures of old rats after the action of the peptide, the amplitudes of the rhythm of protein
synthesis did not differ from the rhythms of young rats; after injection of saline, the rhythm amplitudes were
twice as low. Injection of the peptide to adult rats that had previously received dopamine, found a normal pro-
tein synthesis rhythm for rats of this age; the only dopamine injection abolished the rhythm. The synchroniz-
ing effect of the peptides was maintained for at least 2 days after their single administration to the rat. The use
of Semax or HLDF-6 is recommended to compensate for violations of the kinetics of protein synthesis in hu-
mans during aging and pathology.

Keywords: peptides, rhythm of protein synthesis, aging
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JwuaTtomest Nitzschia palea — IIMPOKO pacIpocTpaHEeHHAsI 3BpUOMOHTHAsI BOIOPOCIIb, OOUTAIOIIast B OeHTOCE
MPECHOBOAHBIX BOJOEMOB M BOIOTOKOB, IMOYBaX U Teliepax. DTOT BUI UMeeT OMOTEXHOJIOTHYECKU I TTOTeH-
1IMaJT, TIO3TOMY JaHHBIE O €r0 OMOJIOTUH MPENCTABIISIOT TTPAKTUIECKUIA MHTepec. XOTsS OH U3YydaeTcsl TaBHO,
MOJTHOM MH(MOPMALIMK O XKU3HEHHOM LIMKJIe N. palea, BKJIIOUasi AaHHbIE MO KapAWHAJIBHBIM TOUKaM, TTO-TPEeX-
HeMy HeIOCTaTOYHO. B 3Toli cTaThe, OCHOBAaHHOI Ha HAIIIMX COOCTBEHHBIX MCCIETOBAHWSX U TAHHBIX JINTEpa-
TYpbl, MbI JIOTIOJIHSIEM U 0000111aeM UMEIOITYIOCS MHGOPMALIMIO O KU3HEHHOM IIMKJIE BUIIA, BKITIOYas JaHHbIE
0 Mopdonornv, MOpHOMETPUH, TEPATOJOTUIECKUX CTPYKTYpaxX CTBOPOK W KapOWHAJIBHBIX TOouKax. Takske
BriepBble 1151 N. palea mokazaHO, YTO MOTOMKHU HAC/IEAYIOT Y9aCTOK MUTOXOHAPUATBHOTO TeHa cox1 TOJIbKO OT
pomutelisa omHoro Toa. [ToydeHHbIe TaHHbBIe OYIyT BaXKHBI TTPU MCCIeI0BaHUY (usioreorpaduy BUia, a Tak-
Ke obecrieuat pyHIaMEeHTaJIbHYIO0 OCHOBY TEXHOJIOTMHU JUIMTEILHOTO TToAnepKaHust V. palea B KyJabType.

Karuesvie crosa: muaTroMoBast BOIopochb, Nitzschia palea, XU3HEHHBIN TUKJT, KApAMHAIbHBIE TOYKU, yda-

CTOK IreHa cox1, yHUITapeHTaJIbHOE HacllefOBaHue
DOI: 10.31857/S0475145020020020

BBEAEHWE

ITpencraButenu Bacillariophyta Bce garie ctaHo-
BSITCS OOBEKTAMU IIPOMBIIIJIEHHOTO KYJIbTUBUPOBA-
HUS C LIEJbIO TTOJIYyYeHUS ITOJIE3HBIX BEIEeCTB, IO-
CKOJIBKY OHHU CIOCOOHBI CHUHTE3UPOBATh KUPHI,
XKUPHbIE KUCIIOTHI, TTOJIMCAaXapUIbl, TUTMEHTHI, Ha-
HOpa3MepHble KPEMHUCTHIE CTPYKTYpPHI U T.1. (Da-
vidovich et al., 2015; Hess et al., 2018; Jin et al., 2018;
Zhang et al., 2018). OgHaKo IIMTEIbHOE IToAAepXKa-
HUe OOJIBIIMHCTBA KJIOHOB JMAaTOMOBBIX BOJIOPOC-
JIe B )KU3HECTIOCOOHOM COCTOSTHMM MpOoOIeMaThy-
HO HM3-3a 0COOEHHOCTEe WX XKMU3HEHHOI'o IUKJA, B
pe3y/bTare KOTOPOTro IMIPOUCXOIUT YMEHbBIIIEHHUE pa3-
Mepa KJIETOK BO BpeMsI BEreTaTUBHOTO Pa3MHOXKEHUS
(npaBuwio MaknoHanbna-Ilpuruepa; Pomun, 1994,
Edlund, Stoermer, 1997). I1pu oTCYyTCTBUY TTOJIOBOTO
BOCITPOM3BEICHUST BOCCTAHOBJIEHHUE pa3Mepa KJIETOK
He TIPOUCXOINT, U KJIOH Tmorndaet. Ho Ki1oH Takxke
“ymper” (IOTEepsieT TeHETUYECKYI0 MACHTUIHOCTD)
M3-3a PEKOMOWHALIMY MPU TTOJIOBOM BOCITPOU3BEIE-
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Huu. ClegoBaTejibHO, TeTepOTA/IMYHbIE BUIBI, KaK
MIPaBUJIO, HEBO3MOXHO ITONACPXKUBATHL B KayeCTBE
KJIOHOB B T€UeHUE JIUTEILHOTO BpeMEHHU, ITIOCKOJIb-
Ky TIPU OTCYTCTBUU COBMECTUMBIX TUITOB CITAPUBAHUS
MOJIOBOE BOCIIPOM3BEACHNUE HE MPOUCXOAUT. TaKuM
0o0pa3oMm, yepe3 HECKOJIbKO MeCSILIEB WM JIeT (B 3aBU-
CUMOCTU OT CKOPOCTU POCTa KYJIBTYPbl U YMEHBIIIE-
HUS pazMepa 0cobeit) KIEeTKU JOCTUTHYT MUHUMAITb-
HOTO XXM3HECITOCOOHOT0 pa3Mepa M, 3aTeM, HOTUOHYT.
TexHomornu mnomaepKaHUS KyJbTyp HEOOXOIUMO
pa3pabdaTheIBaTh i1 KaXKI0ro BHUAa, OCHOBBIBAsICh Ha
3HAHUM KJTIOYEBBIX OCOOEHHOCTEM €ro >KM3HEHHOIO
nukia (Chepurnov et al., 2004). CnenoBareabHO, HC-
cJIeAOBAaHUS JKU3HEHHBIX IIUKJIOB TUATOMEM, BKITIOUasT
MOJIOBOE BOCHPOM3BEACHUE, TPU KOTOPOM BOCCTa-
HaBJIMBAIOTCSI pa3Mephl KIIETOK, AKTyaJIbHBI U BaXKHbI.

KyzHeHHBIE LIMKIBI IMAaTOMOBBIX paHee ObLIU
onucaHbl MHOruMU aBTOpamu (Drebes, 1977; Mann,
1993; PomunH, 1994; Davidovich, 2002; Chepurnov
et al., 2004; Amato et al., 2005; Trobajo et al., 2005;
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Fuchs et al., 2013). Pa3znu4aloT HeCKOIbKO (pa3 Ku3-
HEHHOTO 1IMKJia AvWaToMei: NOpeNpOayKTUBHYIO —
BOCITPOU3BEACHUE KIETOK TOJbKO BereTaTMBHBIM
CIOCOOOM C YMEHBIIEHHEM HX pa3Mepa; pernpoayK-
TUBHYIO (ITOJIOBOE BOCIIPOU3BEIECHUE, POCT 3UTOTHI
(aykcocmopsl), IIpeodpa3oBaHUe ayKCOCIIOPHL B MHU-
LIMAJIBHYIO KJIETKY); MOCTPENIPOAYKTUBHYIO — BEreTa-
TUBHBII POCT MOCJIE TTpeKpallleHUs TOJIOBOT0 BOCITPO-
u3BeneHus (Drebes, 1977; Pouun, 1994). J1. Iaiitiep
(Geitler, 1932) Bbiaean1 KapaAMHaJIbHbIE TOYKA BUIA —
MaKCHUMaJIbHbIe 1 MUHUMAJIBHBIE pa3Mephl KJIIETOK, CO-
OTBETCTBYIOIIIME BEPXHENM Y HYDKHEM TpaHULIAM Juara-
30HA ayKCOCITOPOOOpa30oBaHMsl (MIOJIOBOIO BOCIIPOM3-
BeJIEHUST), Mesl B BUIYy MX YCTOMYMBOE MOCTOSTHCTBO
MpU HE3HAYMTENIBHBIX KOJIEOAaHUSIX. DTUM KapAuHAIIb-
HBIM TOYKaM, BEPOSITHO, COOTBETCTBYIOT IOPOTOBBIC
YPOBHU METa0OIMIECKON aKTUBHOCTH SIipa, 00yCIIOB-
JIMBAIOIIMeE TIpeielT pa3MepPOB KJIETOK BUIA B IpoLecce
ayKCOCITOCPOOOpAa30BaHMsI, TPAHULILI IUAIIA30HA I10-
JIOBO3PEJIOCTU U Mpenell yMeHbIeHUs Kietok (Geitler,
1932; PoimH, 1994). ®akTuuecku KapAUHAJIBHBIE TOU-
KA MOXHO COOTHECTH C KPUTHMYECKUMU ITeproaamMu
OHTOTeHe3a, KOTOPBIE XapaKTepU3yloTcsl HanOOIbIIei
CKOPOCTBIO Pa3BUTHsI OpraHU3Ma, U B pe3yibTare Ae-
TEPMUHALIMY OH BCTYITaeT B HOBBII MEPUOI SKU3HEHHO-
ro uukJia (Fonmmuenkos, 1991). [Toatomy nuHbopmanmst
0 KapIVHAJIbHBIX TOYKAX MOXET ObITh BaXkKHa JJIs1 pa3-
PabOTKU METONOB MOMACPXKAHUS TUATOMOBBIX BOJIO-
poclieii B KyJIbType.

Crioco0 HaciaemoBaHUSI TEHETUYEeCKOM MHPOpMa-
M — OIHA M3 BaXKHBIX XapaKTePUCTUK XN3HEHHOTO
nukia. HacnegoBanue mmtoxoHapuaibHoit JTHK m
MUTOXOHAPHUIL Yy OOJIBIIMHCTBA MHOTOKJIETOYHBIX Op-
raHU3MOB, B TOM 4YMCJIE M YeJIoBeKa, IPOMCXOIUT I10
maTtepuHckou auHum (Barr et al., 2005). ¥ nuaromo-
BBIX BOIOPOCJEH MOMOOHBIN CIIOCOO YHUIIApEHTAIb-
HOTo (OTHOPOOUTENILCKOIO) HACISAOBAHUS MUTOXOH-
JIpUii MO JIMHUM OOHOIO U3 IOJIOB ObUI YCTAaHOBJICH
JIMILIb HEAABHO JJIs1 €IUHCTBEHHOTO BUaa — Haslea ost-
rearia (Gaillon) Simonsen. 3HaHue criocoba HacIeno-
Banus JJHK opraHenn oTKpbIBaeT BO3MOXKHOCTH JIJIsT
WCCIIeNOBaHW B 00JacTu (roreorpadpn U peKOH-
CTPYKIIMU pacceieHUsT pa3aeIbHOIIONBIX TMAaTOMOBBIX
(Gastineau et al., 2013).

Huatomes Nitzschia palea — IMPOKO pacrpocTpa-
HEeHHasl 9BpMOUOHTHAsI BOJOPOC/b, KOTOpasi 0ObIYHO
obuTaeT B OEHTOCE IMTPECHOBOIHBIX BOJOEMOB M BO-
IoToKOB, mouBax M Temiepax (Trobajo et al., 2009,
2010; Abdullin, 2009; Abdullin, Bagmet, 2015, 2016).
CrexTp JTUIIUAOB Y NpeACTaBUTENEll 3TOr0 BUAA MTO3-
BOJISIET paccMmarpuBath Nitzschia palea Kak MHOTO-
oOemalonuii UCTOYHUK ChIPbs IS IIPOU3BOACTBA
ouonusens (Abdel-Hamid et al., 2013; Hassan et al.,
2013). OTOT OpraHmu3M TakKKe XapaKTepU3yeTcCs aHTU-
oakrepuanbpHOii (Binea et al., 2009) u dyHrunumHOM
akTuBHOCTBIO (Abdullin et al., 2014), crtocoOeH K re-

TepoTpodHOMy IuTtaHuio (Abdullin, Bagmet, 2015).
Hecmotps Ha 1o, uto Nitzschia palea n3yyeHa mocrta-
TOYHO MOJIHO, McYeprbIBalolasi HPoOpMaLUs O ee
KU3HEHHOM ILIMKJIe, BKJIIOYasi CBEIEHUS O KapIau-
HaJIbHBIX TOYKAaX, MO-MPEeXXHEMY OTCYTCTBYyeT. B aToii
CTaThe, OCHOBAHHOM Ha HAIIMX COOCTBEHHBIX HCCIIE-
JIOBAHUSIX Y JAHHBIX JIMTEPATYPhl, Mbl TOMOJHSIEM U
0000111aeM UMEIOLYIOCSI UH(GOPMALIMIO O (KU3HEHHOM
LIMKJIe BUAA, BKJIOYasi JaHHBbIE O MOP(OJIOTUU, MOP-
doMeTprH, TEPaTOJIOTUUECCKUX CTPYKTYpax CTBOPOK,
KapAWHAJIbHBIX TOYKAX U CIIOCO0e HACTICIOBAHUS MU~
TOXOHAPUIA.

MATEPHAJIBI 1 METO/IbI

Beimn mccnenoBaHbl TpUHAALATH KIOHOB Nifzs-
chia palea. I3 HUX NeBITh ObLIU BBIACJIEHBI U3 pa3-
JIMYHBIX MECTOOOUTAHUM B 3anaaHoi yactu Poccuii-
ckoit ®enepaunu (puc. 1), yeTbipe HauboJiee pernpe-
3€HTAaTUBHBIX MOJEIbHBIX KJIOHA — WX ITOTOMKH,
MOJyYeHHbIC B 1JA0OPATOPUHU C MCIIOJIb30BAaHUEM IT0-
JIOBOTO BOCTIpou3BeneHus (Tadu. 1). Bce KiIoHBI ObI-
JIV TIOJTy4E€HbI METOJIOM MUKPOMNUIIETUPOBaHUS (An-
dersen, 2005) m KyabTUBHpOBaduCh B cpene DM
(Mann, Chepurnov, 2004) B 1IoMrMHOCTaTe C MHTEH-
cuBHoCThIO cBeTa 2500—3000 5k (17.9—21.4 MKMOIB
doronoB M2 ¢ !) ¢ mepuonom 16 : 8 4 (cBeT : TEMHOTA)
u Temriepatype ot 20 o 22°C.

Kitetku usyyanu ¢ MCHONB30BaHUEM CBETOBOIt
(Muxmen-1, IOMO, Poccus; Levenhuk 320, USA)
W CKAHUPYIOUIEH BIEKTPOHHON MHMKPOCKOMUUN
(CamScan S2, Oxford, United Kingdom). /Ty1st Mopdo-
JIOTUYECKMX WCCEIOBaHUI CTBOPKU OUMIIAIMN TTyTeM
KUTISTYEHUST B TIEPEKMICH BOIOPOAA, HECKOJbKO pa3
NPOMBbIBAJIM JUCTUIJIMPOBAHHOI BOOOI 1 TOMeEILLAINA
B cpeny DapsaiieBa (Dibsaies, 1957) ¢ mokazareiieM
npenomiieHust 1.67—1.68. JInsT ckaHUPYIOIIEe 3JeK-
TpoHHOII MuKpockornmuu (COM) Ha OYMIIEHHBIA U
BBICYIIIEHHBIII MaTepuall HanbUisiau 20 HM cIijiaBa
3osoTa ¢ naiagueM (Au 95%, Pd 5%). I1onydeHHbIE
MopdomMeTprnueckre IaHHbIE 00OpabaThIBAIIM C MC-
MOJIL30BAHMEM TIpoTrpaMMHOTro ITakeTa Statistica 8.0
u Microsoft Office Excel 2007.

IMapbI KJTOHOB B (ba3e 3KCITOHEHIIMAIBHOTO POCTa
WHOKY/IUpoBaau B yamku [leTpu u MHKyOMpoOBaIu
npu 18°C mpu ecTeCTBEHHOM OCBEIIEHUM B cpefe
DM. YTo0Bl CTUMYIHMPOBATh MOJOBOE BOCIIPOU3BE-
JIeHWe, B MUHEPATLHYIO Cpelly JOOABISIIM MOPCKYIO
coub B KoH1eHTpauuu 2 mr/i (Drebes, 1977; Bagmet
et al., 2017). Ilocne Toro, Kak KJIETKM 0Opa30BaJn
MapHbIe TAMETAHTUU, KYJILTYPhl IEPEHOCUIN B TU-
CTUJIIMPOBaHHYO Boay. O003HaYeHUsI TUTIA CIapU-
BaHMsI OBLIU ClIeJIaHbl a posteriori HA OCHOBE PE3yJib-
TaTOB BKCHEPUMEHTAIILHBIX CKpPEIIUBAaHUN U CO-
rmacHo pekoMeHmanmussM B.A. YermypHoBa ¢ coaBT.
(Chepurnov et al., 2005).
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Puc. 1. ITpoucxoxneHue 9 npupoaHbIX KIOHOB Nitzschia palea (Google Maps, 2019). 1 — Pk10; 2 — Pk9; 3 — Sv30; 4 — Sv26;

5 — Che70; 6 — ChH23; 7 — Br; 8 — Sht18; 9 — Ch3ch.

s ananmuza JHK kyaerypsl N. palea otoupanu
BO BpeMsl 9KCMOHEHIMaIbHOU (ha3bl pocTa U KOH-
LIEHTPUpOBaIu HeHTpudyrupopanuem. OOIIas re-
nHomHasg JIHK o6n11a BeineneHa cornacHo L.C. Dxry ¢
coasT. (Echt et al., 1992) ¢ HeKoTOpbIMU MOAU(UKA-
nusmu K.B. Kucenena ¢ coaBr. (Kiselev et al., 2015).
T P-ammmpukanuio KogupyeMoii TUIacTuaoi 00-
Jnactu rbel mpoBoauIn coriacHo A. AMaTo C COaBT.
(Amato et al., 2007) ¢ ucmojib30BaHMEM MpaiiMepoB
rbcLI1F, rbcLI1R, yuacTKa reHa coxl — ¢ UCITOJIb30-
BaHueM npaiimepoB GazF2 u KEdtmR (Evans et al.,
2007) B ammuiucdukarope T100 Thermal Cycler (Bio-
Rad Laboratories, Inc., USA) ¢ Ha6opowm ITLIP Ency-
clo Plus (EBporen, Mocksa, Poccus). IlpomykTsr
TTHP ouuiiany peareHTOM IS OYMCTKHU TPOIYKTOB
ITLP ExoSAP-IT (Affymetrix Inc., USA) u cekBeHU -
poBajii B 000MX HanpasieHusiX B LIeHTpe KoieKTuB-
HOTO TI0JIb30BaHUs “BHOTEXHOIOTHSI U TeHeThYecKast
nxeHepus:” DHIL buopaszHoo6pasust JIBO PAH ¢
MCMOJIb30BaHUEM TeHeThudeckoro aHaiuzatopa ABI
3500 (Applied Biosystems, USA) ¢ HaGopom aJist ce-
kBeHupoBanus BigDye Terminator v. 3.1 (Applied
Biosystems, Maryland, USA) u TemMu Xe IIpaiiMepa-
MM, KOTopkie ucroab3oBanuck a1 ITLP. ITocneno-
BaTeJIbHOCTU OBLIM COOpaHBI C ITOMOINBIO ITaKeTa
Staden v. 1.4 (Bonfield et al., 1995) u BBIpOBHEHBI
Bpy4HYyIO B mporpamme SeaView (Galtier et al., 1996).
Bce BHOBB MoJlydeHHbIE T10C/Ie10BaTeIbHOCTH ObUTH
nomeinieHbl B GenBank rmon peructpaliluOHHBIMU HO-
mepamu MK887232—MK887243 (tabu. 1) u cpaBHe-
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HBI ¢ ApyruMu KiaoHamu Nitzschia palea, nOCTYITHBI-
mu ¢ noMmolpio novcka BLAST (https://blast.ncbi.
nlm.nih.gov/Blast.cgi).

PE3VJIbTATBI

CekBeHUpPOBaHUE Yy4YacTKa MUTOXOHAPUAILHOTO
reHa coxl y 12 u3 13 nmpoaHaJIM3upOBaHHBIX KJIOHOB
BBISIBUWIO HAJIMYUE ABYX T€HOTUIIOB, OTJIMYAIOLIMXCS
JIpyT OT Jpyra, Mo MEHBbIIeH Mepe, 73 3aMeHaMU.
IlepBoiii reHOTHIT C (DparMEHTOM y4yacTka reHa coxl
IUTMHOM 695 Iap HyKJI€OTHIOB ObL1 OGHAPYKEH Yy Ce-
mu TnpupoaHbix kiioHoB (Pk10, Pk9, Sv30, Sv26,
Che70, ChH23, Br) u aByx ux notomkoB (PkB u
CheP) (Ta6u. 1). Pesynbrarel norcka BLAST moka-
3aJId CPOACTBO 3TOr0 Te€HOTUIIA K KJIoHaMm Nitzschia
palea SriLanka2 (FN557063) u India (FN557056) ¢
UIASHTUYHOCTBIO IIociemoBarenbHOcTeld 92.03 u
92.61% cootBeTcTBeHHO. BTOpOIi TeHOTHIT C (bpar-
MEHTOM y4JacTKa reHa cox1 minHoit 679 map HyKJIeo-
TUIOB XapaKTepU30BaJl IIPpUPOIHLIIA KJIoH Shtl8 1 nBa
ero moroMka ShtS u SvSh (tabJ1. 1) 1 ObL1 CXOIEH ¢ KJTO-
HoM Japan C (FN557054; Trobajo et al., 2009) u xio-
HOM N. palea TCC570 (KC736651; Kermarrec et al.,
2013) ¢ MIeHTUYHOCTHIO TTocIeqoBaTeIbHOCTel 94.99 11
94.83% cootBeTcTBeHHO. COMIACHO pe3yIbTaTaM Te-
HOTUNUPOBAHUS cox1, poOmAUTENN JabOPATOPHBIX
KJIOHOB (Ta0Ou. 1) mpencTaBisiid pa3Hble TEHOTUITHI,
HO Y MX TIOTOMKOB OB BBISIBJIEH TOJIBKO OIWH I€HO-
TUII, YTO MOATBepxKAaeT HabmoaeHue P. 'actuHo ¢
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Ta6muna 1. I[TpoucxoxkaeHue U perucTpallMOHHBIN HOMep B 6a3e naHHbIXx GenBank nsyyeHHbIX KJIIOHOB Nitzschia palea

Ne Kion MecToobuTaHUEe U PACIIOJIOXEHUE Aata PerucTparuon eIt Homep
BBIAETICHUST B 0a3e naHHbIX GenBank
1. |Pk10 JloHHBIE OTJIOKEeHUST U3 pyubsi HakmOHHBII, etepa 27.09.2013 | MK887232
I'eonoros-2, [1epmckuii Kpait
2. | Pk9 JIOHHBIE OTJIOXXEHUS U3 pyubsi MapcuaHCKUiA, neniepa 04.10.2013 | MK887233
T'eonoros-2, IlepMckuii Kpaii
3. |Sv30 JloHHBIE OTIOXEHUS U3 pydbs, nemiepa CeBepHas, 17.07.2013 MKZ&887234
CaepajioBcKast 00JIacTh
4. |Sv26 Cocko0 co crensl, nemepa CeBepHasi, CBepmIoBCcKast 15.07.2013 | MKS887235
00J1acTh
5. |Che70 |OtnoxeHus BosJie o3epa, reniepa AjieHyika, Yemus- 05.07.2011 MK887236
OuHCKas1 00JIacTh
6. |ChH23 |Ipynr, memepa ITox Bucsunm kaMHeM, Pecryoavka 06.10.2012 MKS887237
baikoprocraH
7. |Br JloHHBIE OTIOXEeHUSI, PEIOMHCKOE BOOOXpaHUJIUIIIE, 15.09.2014 | MKS887238
SpocnaBckas obacTb
8. | Shtl8 JloHHBIE OTNIOXEHUS, pyueil Xapana, Pecnyonuka bam-|  11.08.2014 | MK887239
KOpTOCTaH
9. |Ch3ch |I'pynt, UrHatheBcKas nemiepa, YensiouHckas 061acTh 15.09.2011 KJ729150
10. | ShtS IMotomok ki1oHOB Sht18 1 Sv26 27.09.2014 | MK887240
11. |PkB IMotomok kinoHoB Pk10 u Br 20.09.2014 | MKS887241
12. | SvSh IToromoxk kironoB Sv30 u Sht18 27.09.2014 | MKS887242
13. |CheP IMoTromok kioHoB Che70 u Pk10 10.10.2014 MK887243

coaBT. (Gastineau et al., 2013) 06 yHUTIIapeHTaJIbHOM
nepemade mutoxoHapuaiabHoit JIHK, orMmeueHHOE Y
Haslea ostrearia. Ansa xinoHa Ch3ch ObIT ceKBEeHUPO-
BaH Y4YacTOK IUIacTUAHOTO TreHa rbclL. dparMeHT
ITMHOM 365 map HYKJIEOTHIOB ITOKa3ajl OJIM3Koe
cpoacTBo K uzonsaty N. palea TCC 480 (KJ542465;
Rimet et al., 2014) u xiony New Scot2 (HF675128;
Rovira et al., 2015) ¢ uAEHTUYHOCTHIO TTOCJIEIOBATE b~
Hocteit 99.73 u 99.18% cootBercTBeHHO. WnmeHTHY-
HOCTb MocJjieoBaTeibHOCTel cox1 u rbcL Haiux 06-
pa3lioB C MpeAcTaBUTENISIMU NPYyTUX BUOOB Nitzschia
6bl1a 3HAUMTENbHO HIKe (<84 um <98% cooTBeT-
CTBEHHO).

OO611ass Mop@OoJIOrusI KJIIETOK U YJIbTPaCTpyKTypa
CTBOPOK KJIOHOB, MCCJIEIOBAHHBLIX KaK B CBETOBOM,
Tak U B CKAaHUPYIOLIEH 3JIEKTPOHHOI MUKPOCKOIUH,
COOTBETCTBYIOT OMNHUCAHUSIM, TPUBCACHHBIM ISl
Nitzschia palea paznuynbiMu aBTOopamMu (Krammer,
Lange-Bertalot, 1988; Trobajo et al., 2009; Hofmann
et al., 2011). Pasmepsl CTBOPOK, INIOTHOCTHU (hUOYI U

LITPUXOB HAIIIUX KJIOHOB MpUBeaeHbI B Tab. 2. Cpe-
I U3MEPEHHBIX CTBOPOK CPEAHSISI IIIOTHOCTD (pUOYJ
BapbupoBana ot 10.53 mo 12.76 B 10 MKM, a cpeaHsIst
MJIOTHOCTh MTPUX0oB — oT 31.57 mo 33.84 B 10 MKM.
CpenHsisl IMpUHA CTBOPOK M3MeHsIachk oT 3.03 mo
4.46 MxM. 3HaunTeIbHEE BCETO BapbUpoBajia Cpell-
Hsis aiarHa cTBOpoK (oT 10.48 mo 50.74 MKM), 9TO ObI-
JIO CBSI3aHO C YMEHbIIIEHEM pa3Mepa B TEYEHNE XKU3-
HEHHOTO IUKJIA. ¥ BCeX U3YUYeHHBIX KJIOHOB U3 BCEX
rokasaTesjieil CTaTUCTUYECKU 3HAYMMO pa3jinyaiach
(p £0.05) Tonbko nuHa. [1pu 3ToM Bce KJIOHBI ITOKa-
3aJ1d MPOTPECCUBHOE YMEHbIIIEHUE IJIMHbBI KJIETOK C
TeUeHUEM BpeMeHU. Y BCeX KJIOHOB CTBOPKU ObLIU
JIMHEeHO-TaHIeTHRIMU (Tabn. 2, puc. 2, 1-5) uin
JIAaHLETHBIMU (Tab1. 2, puc. 2, 6—12) ¢ KIIOBOBUIHBI-
mu (Tadi. 2, puc. 2, 1—5) Win OTTSIHYTO-KIIIOBOBU/I-
HbIMU (Taba. 2, puc. 2, 6—12) konuamu. Tonbko
ctBopkM KioHa Ch3ch OBUIM IIMPOKO 3ILTUATITAYE-
CcKrUMM (Tad. 2, puc. 2, 13), ¢ IIMPOKO 3aKPYIIIEHHBIMU
KoHI1Iamu (Tabi. 2, puc. 2, 13). JImHa CTBOPOK 3TOrO
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Tab6muna 2. Mopdomerprueckre u OMoJI0rnYeckKre XxapakTepucTuku 13 kinoHoB Nitzschia palea
Koton | JUtia, MM upuHa, Ddubynbl/ M rpuxu/ Cnoco6HOCTh
MKM 10 MKM 10 MKM ®dopma K ITOJIOBOMY
dopma KOHLIOB
CTBOPKU BOCIIPOM3-
min—max (X ) BENCHUIO
Pk10 16.94—24.05 2.67—-3.64 9.86—12.39 29.95—35.60 |JIaHueTHas OTTSIHYTO-KITIO- +
(21.07 £0.18) | (3.03 £ 0.03) | (10.98 £ 0.10) | (33.53 £ 0.19) BOBUIHBIE
(n=73) (n=173) (n=43) (n=47)
Pk9 26.85—-32.26 2.78—3.66 9.65—13.77 31.49—-35.13 |JIuHeitHO-maH- | KimoBoBUIHBIE +
(29.89 £0.17) | (3.29 £0.03) | (11.03 £ 0.12) | (33.53 £ 0.13) |ueTHas
(n=155) (n=155) (n=46) (n=46)
Sv30 17.08—25.76 2.94-3.64 10.02—13.84 29.99—-35.34 |JlaHueTHas KroBoBuIHBIE +
(20.97 £0.22)| (3.30 £0.02) | (11.53 £0.12) | (32.92 £0.22)
n=179) (n=179) (n=159) (n=46)
Sv26 20.04—-27.08 2.96—-3.62 10.47—15.03 30.49—35.08 |JIuneitHo-naH- | KinoBoBMAHbBIE +
(24.69 £ 0.25)| (3.36 £ 0.02) | (12.21 £0.16) | (33.73 £ 0.16) |ueTHas
(n=64) (n=164) (n=152) (n=45)
Che70 | 12.44—17.91 2.88—4.30 10.10—14.90 31.72—36.13 |JlaHueTrHas KiroBoBUIHBIE +
(15.15£0.24) | (3.49 £0.05) | (12.63 £0.22) | (33.84 £0.22)
(n=138) (n=138) (n=138) (n=41)
ChH23| 11.35—16.84 2.86—3.58 10.68—14.82 30.44—35.07 |JlaHueTHas KiroBoBUIHBIE +
(15.57 £0.20) | (3.17 £ 0.02) | (12.63 £0.16) | (33.13 £ 0.14)
(n=47) (n=47) (n=47) (n=42)
Br 23.10-26.47 2.68—3.69 9.73—13.83 29.94—-35.25 |JlanueTHas OTTSIHYTO-KITIO- +
(24.85£0.05)| (3.21 £0.02) | (11.28 £ 0.11) | (32.78 £0.18) BOBUJIHbIE
(n=177) (n=177) (n=168) (n=175)
Sht18 17.62—-27.74 2.88—3.69 9.80—13.94 30.13—34.65 |JlanuerHas OTTSIHYTO-KITIO- +
(23.28 £0.18) | (3.27 £0.02) | (11.45+0.11) | (32.95 £ 0.18) BOBUJIHbIE
(n=97) (n=97) (n=158) (n=49)
Ch3ch | 8.92—12.41 3.57-5.06 10.11—14.82 30.55—-34.98 | LLlupoko Iupoko -
(10.48 £0.07)| (4.46 £0.02) | (12.76 £ 0.18) | (33.02 £ 0.19) | s;uIMnTUYECKAs | 3aKPYIIEHHBIE
(n=159) (n=159) (n=46) (n=138)
ShtS 46.81—51.89 2.87-3.65 10.17—12.52 30.18—35.21 |JluneiiHo-naH- | KiroBoBUIOHBIE —
(50.74 £ 0.13) | (3.12+0.02) | (11.04 £0.07) | (32.02 £ 0.16) |ueTHas
(n=45) (n=145) (n=45) (n=45)
PkB 48.49—53.45 3.03—3.69 9.49—12.84 31.51-35.35 |JIuneitHo-naH- | KimoBoBUIHBIE -
(50.61 £0.13) | (3.35£0.02) | (10.95 £ 0.15) | (32.94 £ 0.18) | ueTHas
(n=176) (n=176) (n=36) (n=136)
SvSh 40.92—46.0 2.87-3.70 9.70—11.46 31.14—34.60 |JluneitHo-naH- | KimroBoBUIHBIE -
(44.28 £ 0.14)| (3.32£0.03) | (10.53 £ 0.08) | (32.68 £ 0.15) |ueTHas
(n=170) (n=70) (n=43) (n=43)
CheP | 36.24—42.55 2.84-3.70 10.16—13.01 30.22—33.76 |JIuneitHo-naH- | KimoBoBUIHbIE -
(40.00 £ 0.15) | (3.34 £0.02) | (11.69 £ 0.12) | (31.57 £ 0.15) |ueTHas
(n=102) (n=102) (n=46) (n=41)

IMpumevanue. X — cpenHee, s — OIIMOKa CPEAHETO, # — YUCIIO U3MEPEHMUIA.
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Ta6uuna 3. Pe3yJibTaThl 5KCMIEPUMEHTOB T10 CKPEIIIMBAaHUIO MEXXAY TPUPOIHBIMU KiioHamu Nitzschia palea

Sv30(a) | Sv26(a) | Pkl0(a) | Pk9(a) |Che70 (b)| Sht18 (b) | Br(b) |ChH23 (b)| Ch3ch
Sv30 (a) 0
Sv26 (a) — 0
Pk10 (a) — - 0
Pk9 (a) - - - 0
Che70 (b) + + CheP - 0
Sht18 (b) SvSh ShtS + — - 0
Br (b) + + PkB + - — 0
ChH23 (b) + + + - - - - 0
Ch3ch - - - - - - - - 0
ITpumeuanue. “+” — MosIOBOE BOCIIPOU3BEIEHUE HAOIIOAAIOCH B CMELIAHHOM KYJIbType; “—” — I0JIOBOE€ BOCITPOU3BENEHUE OTCYT-

[IPet)

CTBOBAJIO B CMEIIAHHOM KyJIbType; “0” — IojIoBoe BOCIIPOU3BEASHNE OTCYTCTBOBAJIO B MOHOKJIOHAILHOM KYJIBTYype; “a” — TUII cra-
puBaHus 1; “b” — Tun cnapuBaHus 2.

KJIOHA TakxKe ObllIa HAaMMEHBIIIEH Cpe BCEX UCCIENO-  YMEHBIIEHUU IMHBI KiIeToK 10 9—10 mxMm (puc. 3),
BaHHBIX (Tab1. 2, puc. 2). Kpome Toro, y Ch3ch nosiB-  xoTs npu 6oJjiee KpYITHBIX pa3Mepax OHU He oTMeva-
JISUTUCh TepaToJIOTUYeCKre CTPYKTYphl CTBOPOK Mpu  Jnch. Habmomanock oopa3zoBaHUe BTOPOTo psiaa (pu-

13

4 5
' | ' ()

|

! ©)

. 10 MKM
|

Puc. 2. Mopdomorust ctBopok 13 kiioHoB Nitzschia palea. 1 — ShtS; 2 — PkB; 3 — SvSh; 4 — CheP; 5 — Pk9; 6 — Br; 7 — Sv26;
8 — Sht18; 9 — Sv30; 10 — Pk10; 11 — Che70; 12 — ChH23; 13 — Ch3ch. PazinuuHble da3bl XXU3HEHHOTO LIMKJIA: a — JOPEIpO-
IYKTUBHasA, 6 — PEIIPOAYKTUBHAS; B — ITOCTPEITPOAYKTUBHAS.
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Puc. 3. TepaTonornueckue CTpyKTypbl CTBOpoK y kiioHa Ch3ch. a, 6 — o01umit BUsI CTBOPOK; B, I — 00pa3oBaHUe BTOPOTO psia
buby; 1 — 1yrooGpa3Hoe pacroyoXeHue TPUXOB; € — MOJTHAsI PEAYKLUST HEKOTOPBIX apeo.

oyn (puc. 3B, 3r), myroobpa3Hoe pacIIOJI0XKEeHNE
ITPUXoB (puc. 31), a TakXkKe MoaHasT peAYKIINS HEKO-
TOphIX apeoi (puc. 3e).

Hwu onuH u3 K1oHOB N. palea He oOHapyXXuBaj Ka-
KUX-J1100 MPU3HAKOB MOJ0BOr0 BOCIIPOU3BEACHMS B
MOHOKJIOHAJIbHBIX KyJbTypax. [1oaToMy MBI ITpoBen
reTepoTaIINYeCKOe TeCTUPOBAHME MTyTEM CMEIINBa-
HUSI KJIOHOB TTOITAPHO, YTO B HEKOTOPKIX CITyJastX BbI-
3BIBAJIO IOJIOBOE BocIipou3BeneHue (tadi. 3). Kiro-
HBI Sv30, Sv26 1 Pk10 mpuHamieskaaiu K OMHOMY THITY
cnapuBaHus (MoJja), KOTOpbIii Mbl 0O003HaYaeM “a”,
U 9TOT TUM OBIJT COBMECTUM C IMPOTUBOITOJOXHBIM
TUIIOM cIlapuBaHus (moja) “b”, mpeacTaBieHHBIM
kitoHamMu Che70, Sht18, Br u ChH23 (ta6a. 3). Or-
CYTCTBYE PEIPOMYKTUBHOMN M30JISIINN MEXITY STUMU
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KJIOHAMU MOXET CBUIETEILCTBOBATh 00 MX MPUHAI-
JIEXKHOCTHY K OJTHOMY BUJY COIJIaCHO OMOJIOTUYECKOM
KoHuenuuu Buaa. Kion Pk9 (tum cnnapuBaHus “a’)
YCIIEIITHO cITapuBaJjics TOJbLKO ¢ Br (“b”), ¢ npyrumm
KJIOHAMM THUIIA CIapuBaHUS “b” MOI0BOE BOCIIPOM3-
BedeHMe He HaOmomanock (tadi. 3). Kiron Ch3ch He
MoKaszaJjl IIpU3HAKOB MOJIOBOM aKTUBHOCTU C OCTaJlb-
HBIMM KJIOHaMU. MBI mojaraeM, 4To 3TO CBSI3aHO C
TeM, YTO JUTMHA €TO CTBOPOK ObLiIa HAMMEHbIIIEH cpe-
IV BCEX MCCIIeTOBAaHHBIX (Ta0I. 2), M, BEpOsSITHEE BCe-
ro, OH yxXe OBUI BHE auara3oHa cKpeluBaHus. Hu
OJIMH 13 KJIOHOB, ITOJIy4eHHEIX B labopaTopuu (ShtS,
PkB, SvSh, CheP), He oOHapy:KuBajJl KaKuUx-JIMOO
IIPU3HAKOB MOJOBOr0 BOCHPOU3BEACHUS, KaK C IpU-
POIHBIMU KJIOHAMMU, TAK U APYT C IPYTOM.
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OBCYXIEHHE

HexkoToprie ¢da3bl XusHeHHOTO 1LIMKAa Nitzschia
palea vactuuHo ObUIM orucaHbl P. Tpobaxo ¢ coaBT.
(Trobajo et al., 2009), H1Xe MbI JOMOJHSIEM U 0000-
IIIaeM BCe 3TU JaHHEIE.

bouto obHapyxxeHO, 94TO MOP(OIOTUsSI CTBOPOK,
UX JJIMHA U CITOCOOHOCTD K MOJIOBOMY BOCITPOM3BE-
IeHUI0 BceX 13 mccliemoBaHHBIX KJIOHOB Nifzschia
palea BAppbUpPOBAJIU B 3aBUCUMOCTH OT (ha3hbl UX XKU3-
HEHHOTO 1IMKJIa (puc. 2, Tad. 2).

JlopenpoxykTuBHas (a3a. Bce yeThipe HalIMX KJI0-
Ha (ShtS, PkB, SvSh u CheP), mosydeHHbIE B pe3yiib-
Tare JabopaTOPHOIO CKPEIIMBAHMS, HAXOOWINUCh Ha
9TOi (baze XKM3HEHHOTO 1IMKJIa, OCKOIbKY JUIMHA MX
CTBOPOK ObLIa HAMOOJBIIEH Cpear M3y4eHHBIX KJIO-
HOB, I OHM BOCITPOM3BOOWINCH TOJIBKO ITyTEM BereTa-
TUBHOTO JejeHUs] KiaeToK (Tabiy. 2). CTBOPKM 3TUX
KJIOHOB XapaKTepU30BaAIMCh CpeaHei niuHoi oT 50.74
110 40.00 MKM 1 CTBOpKaMM JIMHEMHO-JIAaHLIETHO (hop-
MBI C KJIIOBOBUIHBIMUA KOHLIAaMM (Taba. 2, puc. 2).
CxonHble naHHBIE ObLIU TTOJTydeHBI 1 P. Tpobaxo ¢ co-
aBrT. (Trobajo et al., 2009).

PenponykmuBnas ¢asa. CornacHo P. Tpobaxo ¢ co-
aBT. (Trobajo et al., 2009), 1Be KJIETKM IIPOTUBOIIOIOX-
HOTO THUIIA CITAPUBAHUSI COSIUHSIIOTCS COOKY M 00pa3o-
BBIBAIOT ABE TaMEThI B KAXKIOM. 3aTeM raMeThl MUTPU-
PYIOT Uepe3 JBe KOPOTKUE KOITYJISIIUOHHEIEC TPYOKN 1
CIIMBAIOTCS ¢ 00pa30BaHUEM JIBYX 3UTOT, KOTOPBIE U3-
HavaJIbHO BJITUTICOMAANbHBIC WIN YIUTMHEHHBIE U Jie-
Kar BHyTpu raMmetanrueB. [loBegeHne rameTaHTMyMa
U TaMET SIBIISIETCSI, TI0-BUIUMOMY, OMMHAKOBBIM y 000-
X TUIIOB cHapuBaHUS (WM ITPOTUBOIIOJIOKHOIO MO~
na). Kaxnplii raMeTaHTMyM ITPOTUBOIIOIOXKHOTO THUIIA
criapuBaHUS B JII00OM TPYIINe CriapuBaHUSI IIPOU3BO-
T OTHY aKTUBHYIO TaMeTy 1 OIHY ITACCUBHYIO TAMETY
(TpaHC-TUI (PU3UOJIOTUYECKOIT aHU30raMUH1 ), B OTIN-
Y€ OT ITOJIOBOTO Pa3MHOXKEHUSI B OJTU3KOM poje Pseu-
do-nitzschia, Toe TaMEeTaHTUU SIBJISIIOTCS JIMOO MYXK-
CKUMU, JIMOO XKEHCKUMU (LIUC-TUN (PU3UOJIOTHUYEC-
ckoii annzoramun) (Chepurnov et al., 2005; Amato
et al., 2007). 3ateM 3UTOTHI pacIIUpPSIOTCS (B BUIE
ayKcocrnop) MapajuiebHO alMKalIbHBIM OCSIM TamMe-
TaHTUSI U 00PAa30BbLIBAIOT MHULIMAJIBHBIE KJIETKH, T10-
gaBisieTcst cliepyiloniee nokojeHue (Trobajo et al.,
2009). B Haiiem Mcciie1oBaHMM BECHOM, JIETOM 1 Oce-
HBIO TTApHBIC TAMETAHTUY (DOPMUPOBATUCH Ha 2-11 IEHb
OT HavaJjia SKCIIEpUMEHTA, ayKCOCTIOPhI — Ha 3-ii, UHU-
LIMAJIbHbIE KJIETKU — Ha 5-i AeHb. 3UMOI, OJHAKO,
MapHble raMeTaHTUKU (OPMUPOBATUCH HA 3-i IeHb
OT HayaJjia 3KCIIEpUMEHTa IO ClIapuBaHUIO, ayKCO-
CIIOpBI — Ha 4-ii IeHb U UHULIUAJIbHbIE KJIETKA — Ha
7-11 nerb. BO3MOXHO, 3TO OBIJIO CBSI3aHO C YMEHBIIIE-
HUEM MHTEHCMBHOCTU OCBEIIEHUSI 3MMOI. AHATIOTUY-
Hast KapTMHa ObUTa OTMEUYeHAa Y HEKOTOPBIX IPYTUX BU-

noB nruaToMoBBIX (Drebes, 1977; Mann, 1993; PomuH,
1994; Davidovich, 2002; Chepurnov et al., 2004).

DKCNepUMEHTHI TTO CKPELIMBAHUIO MOKa3aju, YTO
BoceMb kiioHoB (Pk10, Pk9, Sv30, Sv26, Che70,
ChH23, Br u Shtl8) Haxoguiuch Ha PEOPOAYKTHUB-
Hoi1 ¢paze. CpenHss IIMHa CTBOPOK Ha 3Toit (pa3e Ba-
pbupoBaia ot 29.89 no 15.15 mxm (Tabi. 2), ¢hopma
CTBOPOK W3MEHsUIach OT JIMHEWHO-JIAHLIETHBIX K
JIAHIETHBIM C KJIIOBOBUIHBIMU WM OTTSIHYTO-KJTIO-
BOBUAHBIMU KOHLIaMu (puc. 2). B 11ie10M 310 COOT-
BETCTBYET JaHHBIM, TipuBedeHHBIM P. Tpobaxo ¢ co-
aBT. (Trobajo et al., 2009). Ha sT0ii (ha3e coxpaHsier-
csl TUHMUYHass MOP(OJIOTHSI CTBOPOK, HO CYIIIECTBYET
TeHJEHILIMS K YMEHbIIIEHUIO UX JJIUHbI IPU COXpaHe-
HUM IIMPUHBI U PaCIIMPEHUN KOHIIOB.

ITocTpenponykTuBHas ¢paza. Ha a1oii paze Xu3HeH-
HOTO IIMKJIa HaxoauJIcs ToJIbKO KJIoH Ch3ch, mockomb-
Ky OH He ObUT cIOCOOEH K MOJIOBOMY Pa3MHOXEHMIO 1
UMeJ 3HAYMTETbHO 60Jiee KOPOTKKE CTBOPKU, UeM Obl-
JIO BBISIBJIEHO [IJIsSI CTBOPOK Ha peNpOayKTHUBHOM (haze
(cpegnsis mmmHa coctaBiisiia 10.48 mkMm; Ta6n. 2).
YMeHbllIeHWe IJIUHBI CTBOPOK, HO HE WX IIUPHUHBI,
MPUBEJIO K U3MEHEHMIO X BHEIITHETO BUIA U TIEPEXOTY
K IIMPOKO BJUIMIITUYECKUM CTBOPKaM C IIMPOKO 3a-
KpyIJIeHHbIMU KoHIIaMU. Ha 3Toii haze mossBuiuch Te-
paTosiornyeckre CTPYKTYpbl CTBOPOK, KOTOPbIE paHee
HE HaOJII0AAIMCh HAMU B TEUEHME XKU3HEHHOTO I[TUKJIa
N. palea. OcHOBHBIMU (paKTOpaMU, BbI3bIBAIOIIIUMU
¢dbopMUpOBaHUE TEPATOJOTUU, SIBJISIOTCS 3arpsi3He-
HUE TSLKEJTBIMU METAJIaMU U JJTUTEJIbHOE KYJIbTUBU-
poOBaHHUE, CBSI3aHHOE C MaJlbiM Pa3MEPOM KJIETOK
(mmnoit) (I'enkan, Enuzaposa, 1989; Estes, Dute,
1994; Falasco et al., 2009). B HaieM ciydae 3arpsi3He-
HUE TSLKEJbIMU METAIJTAMU MOXKET ObITh UCKJIIOUEHO, 1
Mbl MOXEM TTPENNOJ0XUTh, YTO K 00pa30BaHUIO TEpa-
TOJIOTMYECKUX CTPYKTYP Y KiioHa Ch3ch mpuseno mim-
TeJIbHOE ero KyabTuBrupoBaHue (¢ 2011 roma) u 3HaYM-
TeJIbHOE YMEHbIIeHUE IMHBI ero KiaeTok. KioH
Che70 taxke kyabTuBupyeTcs ¢ 2011 roma, Ho cpen-
HsIS1 JJIMHA €ro KJIETOK Oblia Oosibliie, YEM Y KJIOHA
Ch3ch. P. Tpobaxo ¢ coasnt. (Trobajo et al., 2009)
TaK>Ke coodIIaIi O CXOIHOI MOpdOoruu 1 pazmepax
cTBOpOK (cpenHssa miauHa ot 13.44 mo 11.97 Mxm) y
nByx kjaoHOB (Japan Al u Japan E), Ho kakue-1160
aHOMaJIMU CTBOPOK Y 3TUX KJIOHOB He HaOJII0IaIUCh.

Kapaunaabasie Toukun. Ha ocHoBaHUM TTpoBeneH-
HBIX HAOJIONEHWH W TAaHHBIX JIMTEPaTypbl MOXHO
coenaTh BBIBoH, 4TO Nitzschia palea ctiocoOHa K I10-
JIOBOMY BOCIIPOM3BEICHUS IIPU CPEAHEN JIIMHE CTBO-
pok B nuartazoHe 29.89—15.15 Mmxm. bruio otMedeHoO,
yto KJIoH PKk9 ycnienrHo criapuBajcs Tojibko ¢ Br, HO
He ¢ ApyruMu KJjoHamu (Tabs. 3). BodaMoxHO, 4TO
CITOCOOHOCTH K ITOJIOBOMY BOCITPOM3BEICHUIO CHH-
KaeTcs K HIDKHEW rpaHMIIe 9TOro auamnasoHa. Takum
00pa3oM, IJISI 3TOro BUAA TUAaTOMEM BEpXHSISI Kapau-
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HaJIbHas1 TOYKa COCTaBIsIET OKOJO 30 MKM; HIKHSIS
KapIWHaJIbHasI TOYKa — OKOJIO 15 MKM.

H3BecTHO, YTO y IMATOMOBBIX BOIOPOCTIE pa3Mep
KJIETOK, HAXOASIIMNXCS B BEPXHEN KapaIUHAILHOMN TOU-
Ke, OMNpeessIoIeil mepexon OT TOPENpPOAYKTUBHOIM
¢assl K pEMPOaYKTUBHOI, coCTaBisIeT puMepHO 50%
OT MaKCUMAaJbHOIO BUAOCHEM(PUIECKOrO pa3Mepa
(Davidovich, 2000). B ciyudae ¢ Nitzschia palea 310 co-
OTHOIIEHUE COCTABJISLIIO OKOJIO 47 %, 4TO MOATBEPKAa-
€T paHee BBISIBIIECHHYIO 3aKOHOMEPHOCTb.

SAKJIFIOYEHUE

Takum oO6pa3oM, Ha OCHOBE HAIIIMX UCCJIETOBAHUIA
W JaHHBIX JIMTepaTypbl, ONMMUCAH XXWU3HEHHbIA LUK
IIAPOKO pacIpoCTpaHEHHONW 3BPMOMOHTHOM IMATO-
MoBoi Bomopocim Nitzschia palea, BKITIOYArOIIWA 10~
PETNPOIYKTUBHYIO, PEMPOAYKTUBHYIO M IOCTPEIPO-
JYKTUBHYIO (pa3bl C onUcaHueM MOpP(dOI0ruu 1 Mop-
doMeTprM CTBOPOK Ha Kaxmoi ¢aze. BriepBble st
JAHHOTO BUJA BbISIBJIEHBI KapIWHAaIbHbIE TOUYKU, CBSI3b
TEPaTOJOTUIYECKUX CTPYKTYP CTBOPOK C MHOCTPEIPO-
JYKTUBHOMI (ha30ii pa3BUTHS, a TAKXKE YHUITAPEHTAJIb-
HBII cnoco® HacaeaoBaHUS MUTOXOHApY. [TonydeH-
HbIe JaHHBIC BaXKHBI IS U3Y4YeHUsT (uiioreorpaduu
JTAaHHOTO OpraHM3Ma, a TakKe obecrieyaT pyHIaMeH-
TaJbHYI0 OCHOBY TE€XHOJIOTMM IJIMTEIbHOTO MOAAEP-
xXanwus Nitzschia palea B KyJIbType.

COBJIIIOAEHUE D TUYECKUX CTAHIAPTOB

HacTosiiiast ctatest He COIEPKUT OINMCAHUS BBIMIOJ-
HEHHBIX aBTOpaMM HCCJIENOBAHUII C ydacTHUEeM JIO-
el WM WCIIONb30BaHUEM >XXMBOTHBIX B KadecTBe
OOBEKTOB.
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Life Cycle of Nitzschia palea (Kiitzing) W. Smith (Bacillariophyta)
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The diatom Nitzschia palea is a widespread eurybiontic alga that inhabits the benthos of freshwater ponds and
watercourses, soils and caves. This species has a potential for biotechnological applications; therefore, knowl-
edge of its biology is important. Although the species has been studied quite extensively, comprehensive in-
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formation on its life cycle properties, including cardinal points, is still lacking. In this contribution, based on
our studies and literature data, we supplement and summarize the available information on the species’ life
cycle, including data on morphology, morphometry, teratological structures of valves and cardinal points. It
was also shown for the first time for N. palea that progenies inherit a site of the mitochondrial gene cox1 only
from a parent of the same sex. The data obtained will be important in the study of the phylogeography of the
species, as well as provide the fundamental basis for the technology of long-term maintenance of N. palea in
culture.

Keywords: diatom, Nitzschia palea, life cycle, cardinal points, site of gene cox 1, uniparental transmission
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[MpencraBneH oHToreHe3 anudUTHOTrO Nullaitnuka Lobaria pulmonaria. iccnenoBaHusi TPOBEJEHBI B JieC-
HBIX puToneHo3ax Kapenuu ¢ naBHocThio HapyiieHus oT 80 mo 450 et. Ha ocHOBe KOHLICIIIINY TUCKPET-
HOTO ONMUCAHUs pACTECHUIA 1 IUIIIAHUKOB BBIAEICHO 4 meproia u 14 BO3pacTHBIX COCTOSIHUI B OHTOT€HE3¢
L. pulmonaria. Kaxnoe oHTOTEeHETHYECKOE COCTOSTHUE L. pulmonaria xapaktepusyeTcsl onpeaeIeHHBIMU
pa3MepaMu TajuioMa, HaJIM4MeM M CTEIeHbIO Pa3BUTHSI BEreTaTMBHBIX JUACIIOP U TUIOAOBBIX TEJ Ha MO-
BEPXHOCTH ciioeBuIna. OnmrcaHbl BO3MOXHBIC BApUaHTBI OHTOTeHe3a BUIA.
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BBEAEHUE

B coBpeMeHHOI1 TMXEHOJOIrMKY OTHUM M3 BasKHBIX
HarpaBJIE€HUN UCCIeNOBAaHUI SIBISIETCS U3YyYEHUE OH-
TOTEHETUYECKOU CTPYKTYpbl BUnoB (Muxaiinosa, Bo-
pobeituuk, 1999; Cyernna, 2001; Muxaiiiosa, 2005;
Cyeruna, I'moroB 2010, 2015; Mruarenko, Tapacona,
2017). BblaeneHue pa3sHOKAYECTBEHHBIX BO3PACTHBIX
TAJUTOMOB CIIOCOOCTBYET JIy4IlIleMy ITOHMMaHUIO 3aKO-
HOMEPHOCTE OHTOT€HETUYECKOro pa3BUTUS U (op-
MUPOBaHUSI TOMY/ISILIUOHHONW CTPYKTYpbl BUIOB JIU-
IIAfHUKOB B KOHKPETHBIII MOMEHT BPEMEHU, a TAKKE
MO3BOJISIET TIPOTHO3UPOBATh UX Pa3BUTHUE B OyIyIlIEM
(Muxaiinona, 2005; Cyernna, I'motos 2010). JlaHHBIIA
MOJIXOMI OCOOEHHO BaxKeH 111 ()OPMUPOBAHUS CTpaTe-
TMY OXPaHbI IPU U3YUYEHUU PEAKUX M HAXOISIIUXCS
Ioj, yrpo30ii MCYE3HOBEHUSI BUIOB JIMIIANHUKOB,
Hy:xxgawomuxcsa B oxpaHe (Gauslaa, 1997; Scheideg-
ger, 1998; Tarasova et al., 2008; CyetuHa, I'10TOB,
2010; Muxpiokos, 2011; denrko, Tapacosa, 2016;
Hrnarenxko, 2018; Uruarenko, Tapacosa, 2018).

KpymHeiit snudUTHBIT TMAaHOOMOHTHEIN JIMIIIaii-
HUK JioOapus serouHas (Lobaria pulmonaria (L.)
Hoffm., Lobariaceae, Ascomycotina), IIMpOKO pac-
MPOCTPaHEHHBIN B OOpeaibHbIX, YMEPEHHBIX, TOPHBIX
U OKeaHMYeckux paioHax mupa (Yoshimura, 1971,
1998), 3aneceH B KpacHyto kuury Poccuiickoit ®dene-
paumu (2008) co cTaTycoM ySI3BUMOIO BUIA C COKpa-
HIaIoIIecs YUCIeHHOCTRIO (20). L. pulmonaria — 310
TPEXKOMITOHEHTHBIN JIMIIIATHUK, 00pa30BaHHbBIN MU-
KOOMOHTOM (aCKOMUIIETHBIM TPUOOM), TTEPBUYHBIM

($OTOOMOHTOM — BYKApUMOTUYECKOM 3eJIEHOU BOIO-
pocabio Dictyochloropsis reticulata Tschermak-Woess
(Tschermak-Woess, 1995), 1 BTopud4HBIM (POTOOMOH-
TOM — a30T¢UKCUpYIOLIeH TnaHobapkrepueii Nos-
toc sp. (Tschermak-Woess, 1988).

CuuraeTcs, 4YTO JUIIAWHUK L. pulmonaria KpaitHe
YYBCTBUTEJIEH K JIIOOOMY TUITY AHTPOMOTEHHOTO BO3-
JIefiICTBUS U B YMEPEHHOM KJIMMAaTe IIPUYPOUYECH K CTa-
poBo3pacTHBIM JiecaM (Andersson, Appelqvist, 1987;
Rose, 1992; Gauslaa, 1994; Andersson et al., 2003;
Liira, Sepp, 2009). KpoMe TOr0o, UMeIOTCs CBEAESHMS,
YTO 3TOT KPYITHBIN, XOPOIIIO U3BECTHBINM B JIUTEPATY-
pe MUIaHUK, aCCOLMUPOBAH C IPYTUMU PEAKUMU U
HUCYE3AI0IINMUA BUJIAMHU OPTaHU3MOB, U €TI0 MOXHO
paccMmaTtpuBaTh B KaudecTBe mokasatenst (umbrella
species) X TIPUCYTCTBUsI B coobmectBe (Campbell,
Fredeen, 2004; Pykala, 2004; Radies, Coxson, 2004;
Ravera et al., 2006; Scheidegger, Werth, 2009; Na-
scimbene et al., 2010).

L. pulmonaria aBnsieTcs OTHAM U3 CaMbIX U3y4EH-
HBIX BUIOB JVIIAWHUKOB: B MUPOBOM 0a3e JaHHBIX
JUXeHoJorndyeckoi nureparypbl “Recent Literature
on Lichens” (Culberson et al., 2019) kiritoueBbIe CJIOBa
C Ha3BaHUEM JaHHOIO Buma comepxkarcs B 313 cra-
ThsIX. HecMOTpSI Ha 3TO, B OTHOIIEHUU HCCIeo0Ba-
HUSI €T0 OHTOTeHEe3a UMEETCSI e1lle JOCTATOYHO MHOTO
BorpocoB. Tak, .H. Muxaiinosa (2005) Beraenmmia
OHTOT€HETUYECKN Pa3HOKAYECTBEHHBIC TaJUIOMbI U
pasnenuia UX Ha pa3Hble (YHKIIMOHAIBHO-BO3PAaCT-
HBIe TPYIITBI — OT CTEPUIIBHBIX 10 (DEPTUIIHLHBIX (CM.
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paznen Metonsl). B 3Ty pa®boTy He OBUIM BKIIIOYCHBI
TajmoMbl JiruHOM <0.2 cM; BBI3BIBA€T COMHEHHUE TTO-
JIoXeHUe (PepTUIbHON TpynIbl B KOHIE (PYHKIIMO-
HaJIbHO-BO3pPAacCTHOrO cIleKTpa (Mocje CeHWIbHOM
TPYIIIbI) U HE JIOTUYHO BKJIIOUEHUE B OJTHY CTEPUJIb-
HYIO TPYIIYy TAUIOMOB Pa3HBIX OHTOT€HETUYECKUX
COCTOSTHUM.

Hpyrue aBTopsl — B.B. T'opiikos u H.A. CemeHo-
Ba (2008) — Ha OCHOBE KOHIIECTILIY AYCKPETHOTO OIIH -
canus numaiHukoB (CyermHa, 2001), xoTtopas B
0OJIbIIIeli CTETIEHN COOTBETCTBYET KJIACCUYECKOM cXxe-
Me oHToreHesa pacteHuii (PabornoB, 1950; YpaHos,
1975), BBICTPOMIM JIOTMYECKYIO MOCIIEI0BATEIbHOCTh
OHTOTeHETUYECKUX BO3PACTHBIX COCTOSIHUM BUIA, HO
He paccMaTpyBaIv TAJIOMbI pa3MepoM <0.5 cM U He
Jlajii MOIPOOHOr0 OMMCaHUSI Pa3HbIX BO3PACTHBIX CO-
CTOSIHUIA.

IMTpoBeneHHbIl aHAIM3 MTOKa3aJl, UTO B JIUTEPAType
B 1I€JIOM OTCYTCTBYET ITOJIHOE OIMMCAaHNE OHTOTEHETH -
yecKoro pa3Butus Buna L. pulmonaria, He U3BECTHBI
MopdoMeTpuUecKre MoKa3aTesiM TAJIOMOB Ha paH-
HUX 3Tarnax oHToreHeza. O4eBUIHO, YTO UMEIOIIUECS
B IUTepaType JaHHbIC TPEOYIOT 0000IIEeHMS, YHU (DU~
KallMu, MPOBEAEHUSI COOTBETCTBUIA MEXIY BbIIEsIe-
MbIMM Pa3HbIMU aBTOPaMM T'PYIIT U COCTOSIHUM, U3y~
YeHUsI MX pa3MepHOi CTPYKTYypbl, MopdoreHesa u
9KOJIOTUYECKIX OCOOCHHOCTEIA.

MATEPHAJIbBI U METO/ bl

Uccnenosanne nposomgmiiock B 2014—2016 rr. B
JiecHbIX cooburecTBax Pecniyonuku Kapenusi: B mos-
30HE CpemHe Taiirm — B 3ammoBegHNKe “KuBau”, Ha-
LHMOHAJILHOM TIapke “Bomnmosepckuii”, 3aka3HUKE
“Kuxckuii”, [NeTpo3aBoaCcKOM TOpOJICKOM OKpYTe; B
MOI30HE CeBEpPHOIT TaliTl — B 3ammoBegHNKe “KocTo-

MYKIIICKMI”, HalMoHaJIbHOM napke “IlaanasipBu”.

COop maHHBIX OCYIIECTBIISUICS Ha CETU ITOCTOSTH-
HbIX TIpoOHBIX momanaeit (ITIT) pasamepom 1 ra. Ha
kaxnoii I1I1 ObUIM BBIMOJHEHBI TTOJIHBIE Te000TaHU -
JyecKMe OIMcaHus (UTOlIeHO030B (AHIpeeBa W Ip.,
2002), B xome KOTOpBIX OLIEHWBAJIU COMKHYTOCTb
KpOH JepeBbeB (CKBO3UCTOMEpOM MItaToBa) 1 OTHO-
CUTEJIbHYIO CYMMY IUIOIIAAei MOMEPEeUYHbIX CEYCHUMI
CTBOJIOB XXKMBBIX IEPEBbEB, CYXOCTOS 1 Bayiexka (I10JI-
HOTOMEpOM burtrepnnxa), mpoU3BOOAWIN OIMCAHUS
Hammo4YBEeHHOTO MOKpoBa. /1151 olleHKM JaBHOCTHU Ha-
PYILLIEHUS B COOOIIIECTBAX UCTIOJIH30BaJICS METOI U3y -
YeHUS BO3PACTHOU CTPYKTYPhl LICHONOMYJISIIUIN SJI1
(Picea spp.) (CtaBposa u ap., 2016).

Bcero 6bu10 onucano 33 I1I1, pacrioflo)keHHBIX B
Pa3MIUYHBIX TUTIAX Jeca C JaBHOCTbIO HApYIIEHUS OT
80 1o 450 net. B noa3oHe cpenneii Taiiru Bce M3y4eH-
Hble (DUTOLIEHO3bI MPUHAIIECKAT K eAUHOMY 3KOJIO-
ro-IMHaAMUYECKOMY DSy, TPeaCTaBIIsIoNnIeMY co00it
BOCCTaHOBUTEJIbHYIO IMHAMUKY €JIbHUKA YEPHUYHO-
ro 3eJIeHOMOIITHOro: 1) cpenHeBO3pacTHbIE OCUHHU-
KM YepHUYHO-371aKoBhie (80—110 eT), 2) cMemraH-
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HblE €JI0BO-OCUHOBBIE COOOIIECTBA 3JIaKOBO-UYep-
HuaHble (150—190 net); 3) eIbHMKM YepHUYHBIC
3eJIEHOMOIIIHBIE CYOKIMMakcoBbie (210—260 jeT) u
4) ycnoBHO kimMakcoBbie (410—450 net). CpenHeBo3-
pacTHble OCUHHUKHU B TIOA30HE CEeBEPHOM Taliru B pe-
3yJIbTaTe PEKOTHOCIUPOBOYHBIX MapHIpyTOB (~ 110 kM)
He ObUTH 3aperucTprupoBaHbl. Ha maHHOI Tepputopun
€JIOBBIE COODIIECTBA, KaK IIPaBMJIO, BO3OOHOBIISTIOTCS
yepe3 0epe3oBhle jieca. [ToaToMy uccieqoBaHus 30eCh
MPOBOJIWJIMCH TOJILKO B IBYX TUIaX JIECHBIX (PUTOLIE-
HO30B: 1) CMeIIaHHBIX €JI0BO-0epe30BbIX COOOIIEe-
CTBax 3J1akoBo-4epHUYHBIX (180—200 j1eT) u 2) ebHU-
Kax YEepHUYHBIX 3€JICHOMOIIHBIX CYOKJIMMAaKCOBBIX
(210—-270 ner).

M3yuyenue nokaszaresneit TayuioMoB L. pulmonaria
BBITIOJITHEHBI METOJOM CIUIOIIHOIO ydyeTa Ha BceX
cyocTpaTtax (BETBSIX M CTBOJIAX KUBBIX U MEPTBBIX JIe-
peBbeB) HA BhicoTe 0—2 M OT 3eMJIM C perucTpalein
XapaKTepUCTUK MeCTOOOUTaHMS (TTapaMeTpoOB Jaepe-
BbEB U MUKPOYCJIOBUI1). [IJIs1 KaXkaoro TajioMa Mnpu
TMOMOIIIM paMKHU 25 X 25 ¢cM oTMeYaId OOIIYIO TIIO-
LIaab ¥ TUIONIaAh HEKPO30B (CM?), a TaKXKe IPUHAJI-
JIEXXHOCTh K (DYHKIMOHAIBHO-BO3PACTHOM TpYyIIIe
no metoguke M.H. MuxaiinoBoii (2005): ctepuiab-
HEIE (sf), 03 peIPOIYKTUBHBIX CTPYKTYP; TUIIOCOPE-
o3HbIe (s1), ¢ MapTUHAJILHBIMU COpPaJISIMU; ME30-
copenno3HbIe (s2), C OOMJILHBIMU MapTrMHAJIbHBIMU U
€IMHUYHBIMU JITAMUHAIBHBIMU COPAISIMU; TUTIEPCO-
penuo3Hbie (s3), ¢ OOMIBbHBIMU JIJAMUHAIBHBIMU CO-
payisimu; (pepTuibHbIE (ferf), c anmoTeuusIMu; cyoce-
HWIbHBIE (S/Sen), 4aCTUYHO pa3pylleHHbIC B LIEHTPE
C pereHepaTUBHBIMU CTPYKTYpaMU Ha CTaphIX JIoTa-
CTSIX; CEHWIbHBIE (Sen) — OTMHUpAlOIMe JOTacTu, C
pereHepaTuBHbBIMU CTPYKTYypaMu, oOpa3oBaBIIMECS
B pe3yJibTaTe paclaga KPYITHOro TajyioMa.

JIyia n3ydeHHMs TaJUIOMOB Iuowansio <1 cm? co
CTBOJIOB He MeHee 5 aepeBbeB ¢ Kaxnoii 111 oroupa-
JICh 00pa3libl KOPKU CTBOJIA IepeBa B MecTaX MpPOU3-
pacTaHMsI KPYIHBIX TAJUIOMOB (Ha PacCTOSTHUM OT 2 10
10 cM) M C y4acTKOB, Ti€ TAJLIOMbI HE BU3YyaIu31pOBa-
JUCh (Kak MpaBUJIO, Ha MPOTUBOIIOJIOXHONH CTOpOHE
CTBOJIa, Ha y4aCTKax KOpPKU 0e3 MXOB) (Ha OCHOBaAaHNU
Paspemenus No 18 Ha 1oObIBaHME OOBEKTOB XKMBOTHO-
TO U PacTUTEJIbHOTO MUpa, TIPUHAJIEXKAIMX K BUAAM,
3aHeceHHBIM B KpacHyio kuury P® ot 28.03.2016
Pocnipuponnanzopa). O6pasiibl cydocTpara u3yvyaauch B
JIabOPaTOPHBIX YCIOBUSX TMPU TOMOIIU OUHOKYJISIpa
(Mukpomen MC2), mpu 3TOM PEeTUCTPUPOBAJIN CIIEHY -
JoIIYe MPU3HAKU TAJUIOMOB BUIA (IMTPU X HATUYWN):
JIUTMHA, IIUpUHA (MM), HAJIMYMe PU3MH U IIEPOXOBa-
TOCTEI, HaIW4YMe M YMCIO BbIEMOK (IIT.), ¢opma
(TTocKasi/HeTIocKasi, OKpyrJiast), YMCJIO JIOTACTeid
(IT.), LIBET, HAJIET, iIMYaThble YIIyOJIeHMSI.

HavanbHble 3Tartel oHTOTeHe3a L. pulmonaria (J1a-
TEHTHBIM TTepUOo, BO3PACTHBIE COCTOSHUS IIPOTO-
TAJUTIOC U TIPOTEPOTAILTIOC IIPEreHepPaTUBHOTO MePU-
o/a) He OBLUTM MCCIeAOBAaHbI M UX OIMKMCaHNe TaHO C
Y4ETOM JINTEPATYPHBIX JAHHBIX, OOLINX IJIsI UL~
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Taomma 1. O6beM aHATM3UPYEMOTO MaTepuaa

Tun nanHBIX KonuuecTBo
Yucno npoOHBIX MJIOIIAACH, IIIT. 33
Yucio y4eTHBIX IepeBbeB Y KyCTaPHUKOB, IIIT. 676
YuUcIo oNMUCaHUil TAJUIOMOB IuIowansio >1 cMm? L. pulmonaria, mr. 3709
Y1CIno oNMMcaHui TAJUTOMOB TUTomIansio <1 cm? L. pulmonaria, . 819
Yucno 1 moiaab 00pa3lioB KOPKU, OTOOPaHHBIX C CyOCTPATOB /1J1s1 U3yYE€HUSI MUKPOTa - 632/11967
JIOMOB, IIT./cM>

HukoB B HeiaoM (Cyernna, 2001, 2006; CeMmeHOBa,
2005; Cyetuna, I'nmotos, 2015). FOBeHun1bHOE 11 M-
MaTypHbIE BO3PACTHBIC COCTOSIHUS OTTMCAHBI Ha OC-
HOBE pe3yJIbTATOB MCCJICIOBAaHMS TAJUVIOMOB TLIOIIA-
npto <1 cM?. OnucaHus NOCJIEAYIOIINX OHTOTEHETH -
YEeCKUX COCTOSHUIIT — OT BUPTMHUIBHOIO O
CEHWJILHOTO, YaCTUYHO WJIM ITOJTHOCTBIO, COBITAIAIOT
C UMEIOIIUMMUCS CBECHUSIMU B TuTeparype (Muxaii-
noBa, 2005; I'opmkos, Cemenona, 2008). Tak, pyHK-
LIMOHAILHO-BO3pacTHRIM IpynmaM (Muxaiiiosa, 2005)
COOTBETCTBYIOT (TMOJIHOCTBIO WJIM YAaCTUYHO) CJIEIyIO-
II1ie OHTOT€HETUYECKHNE COCTOSTHUST: CTEPUJIbHBbIE —
BUPTUHWIBLHOE 1, TUTIOCOPEANO3HbIE — BUPTUHMUIIb-
HoOe 2a, Me30COpeIMO3Hble — BUPTUHUJIBbHOE 2b, ru-
MepPCOPeINO3HbIE — BUPTUHUWIBHOE 2¢, hepTUIbHBIE —
TeHepaTUBHBIC; CYOCEHMIbLHBIE — CYOCEHWILHBIC, ce-
HWJIbHBIE — CEHUJIBHEIE.

PasMepHast cTpyKTypa OHTOT€HETUYECKUX COCTO-
SHUI IOBEHUIBHOE — CEHUIBHOE U3ydanach Ha OCHO-
Be IMHEIHBIX pa3MepoB (IJIMHA, ITUPUHA) U TJI0IIA-
JIN TAJUIOMOB.

Crartuctunyeckast 00paboTKa pe3yJIbTaTOB BBITTOJTHE-
Ha Ha OCHOBE PErpecCOHHOTO aHaJI13a C MCIOJIb30Ba-
HUEeM YpaBHECHUS TUHEWHHON pyHKuMM: y = aX + b (AH-
npeesa u np., 2002; MBanTtep, Kopocos, 2003). I1pu
HaJUYUU B3aMMOCBSI3ei TMHUU Ha TpacuKax MmpoBo-
IV B COOTBETCTBUM C ypaBHeHUEM perpeccuu. [1pu
OTCYTCTBUM JIOCTOBEPHBIX MU3MEHEHUI Ha rpaduke
n300paxaad TOPU3OHTAILHYIO TIPSIMYIO Ha YpPOBHE
cpenHero 3HaueHUs. CpeqHe 3HAUEHUS XapaKTepu-
CTUK TaJUIOMOB L. pulmonaria cpaBHUBaIu IpPYT C
JIPYTOM, WCIIOJIb3Ysl HemapaMeTpUUYeCKUil KpUTepuii
Manna—Yurnu (MUBantep, Kopocos, 2003).

AHanu3 BBIIIOJHEH Ha OCHOBe omucaHusg 4528
TaJJIOMOB, MpPOU3pacTaloIINX Ha 676 cyOCTpaTHBIX
enuHuIaX (OTASJIbHO CTOSIIMX WM JIEXKaIlUuX Aepe-
BbSIX U KycTapHUKax) (Tab. 1).

PE3VYJIBTATBI 1 OBCYXIAEHHME

IMonHbli XU3HEHHBIN UKA L. pulmonaria, BKIIO-
YaIOLIMA pa3BUTHE OT CIIOPHI A0 CIIOPhI, HAUMHAETCS
C MpopacTaHMsl aCKOCHOPHI Tpuba, BKIIOYAET IPO-
LECChl JIMXEHU3ALUUU C DYKApUOTUYECKOM 3eJIEHOM
Bomopocibio (Dictyochloropsis reticulata), monuxeHU-
3allUM — ¢ HruaHobakTepueil (Nostoc sp.), M 3aKaHIU-

BacTCAa O6pa3OBaHI/ICM TJIOOOBBIX TEJ, IMpoLecCaMU
CTap€HUA 1 OTMUPAHUA TallJIOMaA.

Kak u3BecTHO, MOJIOBOr0 pa3MHOXEHUS Y BOJIO-
pocJlieil 1 InaHoOaKTepHrii B Tejie TNIIaifHMKa He Ha-
Or0aeTCSl — OHO XapaKTEPHO TOJIBKO JIJIsl TPUMOHOTO
KoMIioHeHTa. Criopbl MOJIOBOTO pa3MHOXEHUS Y BU-
na L. pulmonaria ¢bopMUpyIOTCS B IJIOOOBBIX Tejax
OTKPBITOrO TUMa (amoTelusix). AIOTEIMU KpacHO-
KOPMYHEBOTO 1IBeTa OOpa3yloTcs Ha BepXHeil Io-
BEPXHOCTU BAOJIb pedep M KpasiM TajlloMa, UMEIOT
pazMmep 2—4 mm B guameTpe (Denison, 2003). B kax-
JIOM aTloTelUM COAEePXKaTCs CYMKHU CO CIIOpaMM, KO-
JIMYECTBO KOTOPBIX TMPEBBIIIAET [ECATKU ThICAY
mtyk. I[To Mmepe co3peBaHUsI, CTIOPHI BHICHITIAIOTCS U3
CYMOK U, MOAXBaTbIBa€Mbl€ BO3AYIITHLIMU U BOIHbI-
MU MTOTOKAMU, SIBJISIIOTCS JIETKUMU areHTaMM [IJ1s1 pac-
MPOCTPAHEHUSI U KOJIOHM3AIMM HOBBIX CYOCTpPAaTOB.
OnHako Ha JaHHOM 3Tarle TOIYJISIIMY BUIA MTPOXOAST
cBoeoOpaszHoe “y3koe ropiabiiko” (bottle neck), cBs-
3aHHOE C HEOOXOIMMOCTBIO MTPOPACTAIOIINX U3 CIIOPbI
ruc rpuba BCTPETUTh B JAHHOM MEeCTOOOMTaHUU HYX-
HYIO BOIOPOCJIb /IS TIOCJIEMYIOIEro Mmpolecca JIMxXe-
Huszanuu (Walser et al., 2001). Bo3pacTHble cocTOsTHUS
MPOTOTAILTIOC (TIpopacTaHue rudbl U3 CIIOPHI) U IIPO-
TEpOTALTIOC (JIMXEHU3AllKs1) B TAHHOM MCCIIE0OBAaHUN
HaMM He HaOIIoJaIuCh, B BUAY MUKPOCKOITMYECKUX
pa3MepoB, KPaTKOBPEMEHHOCTH MPOTEKAHUS U TEXHU -
4yeCcKHUX TPYAHOCTEe! B OIpeaeeHMM BUAOBOI MpUHaI-
JexxHocTu. OgHaKo, UMEIoIIMeCs B JUTepaType AaH-
Hele (CyetuHa, 2001, 2006; CemeHnona, 2005; CyeTuHa,
I'motoB, 2015), m oOmasg JormKa Xoma OHTOIeHe3a
MpearoaraloT ux HaJluuue, Mo KpaitHeit Mepe, B Tex
LICHOTIOMYJISILIMSIX BUJA, B KOTOPBIX TTPUCYTCTBYIOT TI'e-
HEpaTUBHbBIE TAJUIOMBI.

IMTonyyeHHble B HacToslIei paboTe NaHHbIE 03~
BOJIAIOT BHECTU UISMCHEHU S B UMCIOIYIOCS B JIMTEpaA-
Type cxeMy oHToreHe3a L. pulmonaria (I'opIIKOB,
Cemenona, 2008) (tabn. 2). Tak, B IIpereHepaTUBHOM
Nneprnoac MOKHO BBIICJINTD 4 BO3pPaCTHbLIX COCTOSAHMUSA:
IOBEHWIbHOE, MMMAaTypHOe 1, UMMaTypHOE 2, UMMa-
TypHOE 3.

IOBenunibHOE M MMMAaTypHble cocTosiHHA. B xome
Pa3BUTHUA HA HAYAJIbHBIX CTaAUAX OHTOI€HE3a TaJlJlIo-
MBI L. pulmonaria nnomanpio <1 cM? IpeTeprieBaloT
psia TIocyenoBaTe/ibHbIX (KaueCTBEHHO pPa3IMYHBIX)
MOpGhOTOTHIECKIX COCTOSTHUM (B CKOOKaX yKa3aHO
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Tab6muna 2. OHTOreHeTUYeCcKue coctosinus Lobaria pulmonaria

OHTOTEHEeTUYECKIE
Ilepuon I1pusHaku
COCTOSTHUS I X WHIEKCHI
JlaTeHTHEBII Cnopa rpuba (sp) Cnopa 4eThIpeXKIIETOYHAsI, BEpeTCHOBUAHAsI, OSCIIBETHAST
I1potoTanntoc (pr) O06pa3zoBaHue U3 COP TU¢h MULIETUST
[TpoTtepoTtamtoc (prf) O6BuBaHUe ridaMM KIJIETOK 3eJIEHOI BOJOPOCIN U 00pa3oBaHUe
3ayaTKa clloeBUIIa
IOBenmapHEBI TasIoM (f) | OKPYIIBINA, BRITYK/IBIN, KaIDIeBUIHON (hOpMEI (HAKUITHOE CIIOCBUIIIE)
MmmatypHoe 1 (iml) JluctoBaToe cioeBuile, B hopMe MIOCKOM INTACTUHKU OBAJILHOM
¢dopMBbI
NmmatypHoe 2 (im2) CiroeBullie TTpoaoJiroBaToit popmel, ¢ 0—1 BEIEMKOIA
Wmmartypnroe 3 (im3) CunpHOpaccedeHHOE cioeBUIle (2 1 > BEIEMKH), ITOSIBJISTIOTCS sSIMYa-
TBIC YIUIyOJIeHUS (XapaKTepHas “JeroyHasi’” CKJIamadaToCTh), U/WIN
ITpereHepaTUBHBII TepBbIe 3a4aTOYHBIC JIOTIACTH, (hOPMHUPOBaHME Tedaonni
BuprununsHoe 1 (v1) Tannom uMmeeT xapakTepHYIO B3pocCiIyio GopMy, XOpoIIo chopMupo-
BaHHBIE JIOMACTU C IMYATBIMU YIIYOJIEHUSIMU U peOpaMU; CTEPUITb-
HbIH, 6e3 peNPONYKTUBHBIX CTPYKTYP
BuprunwibsHoe 2a (v2a) | CinoeBuilie ¢ MAPTMHAIBHBIMU COPAISIMU, 1ehaToauu CTAHOBSITCS
3aMETHBIMU Ha BepXHEil U/WJIM HUXKHEI TTOBEPXHOCTU CJIOCBUIIA
Buprununsaoe 2b (v2b) | CnoeBuilie ¢ OOMIBHBIMYA MapTUHAJIBHBIMY U €OIMHUIYHBIMHY JIAMU-
HaJILHBIMU COPAJIIMU
BuprununsHoe 2¢ (v2¢) | CnoeBuilie ¢ OOMIbHBIMU JJAMUHAJIBHBIMU COPAJISIMU, C XOPOIIIO
3aMeTHBIMM liedaoaussMu, GOPMUPYIOTCI U3UIUU
R — I'eHepaTtuBHOE (g) KpymnHoe ciioeBuilie ¢ anoTelusiMu, ¢ O0MJIbHBIMY JTJaMUHATbHBIMU
COopaJisiMM, Ha CTapbIX y4acTKaX TaJJIoMa UMEIOTCSI U3UIUN
Cy0ceHmIbHOE (55) YactunuHO pa3pylieHHOE CJIOeBHIIE, HA CTAPBIX yIaCcTKaX MMEIOTCS
W3WINY U JIOOYIHU (pereHepaTUBHBIC CTPYKTYPHI, HE CITOCOOHBIE K
. pacTpoCcTpaHEeHUIO)
[TocTreHepaTUBHBI
CeHunbHoOE (5) Pacrnian kpymHoro tajuioma, Haaudue 00JIbIIOro KOJIU4ecTBa HEKPO-
TUYECKUX 0Opa3oBaHUil, OTMUPAIOIINE JIOTIACTH C pereHepaTUBHBIMU
CTPYKTYpPaMHM, He CITOCOOHBIMU K PACIIPOCTPAHEHUIO

YMCJIO UCCIIEIOBAaHHBIX TAJUIOMOB): 1) HAKMITHOE CJIOe-
BUIIIE OKPYIJION, BBIMYKJION, KaIlJIEBUIHOU (HOpMBI
(209 1m1T.), 2) MMCTOBAaTOE CJIOEBUILE B (DOPME IIIOCKOI
TTACTUHKI OBAJTLHOI (hOpMBI (COOTHOIIIEHUE ITMHBI K
mmpuHe 3 : 2) (182 mrt.), 3) 1McToBaToe CJIOSBUIIIE TTPO-
nonroBatoit bopMbl (COOTHOIIEHUE ITUHBI K IITUPHUHE
7 : 3), 6e3 BBIEMOK WX C OMHOM BhIeMKOM (214 111T.),
4) cuJIbHOpacceYeHHOEe CJIoeBUIlEe ¢ 2-MSI M OoJjiee
BBIEMKaMM, C SIMYATBIMUA YIayoneHus M (“JIerod-
HOM” CKJIamyaTOCThIO) U/WINU C IEePBBIMU 3a4aTO4-
HBIMH JIOTIACTSIMU, ¢ (POPMUPYIOLIUMUCS Liedaaoam-
samu (214 mT.). BeIgBIeHO, YTO B IIOCIEI0BATEILHOM
MOPGhOTOTUIECKOM PSITy COCTOSTHUI, TIPU TIepexone
OT OKpYTJIOi (hOPMBI K paCCEUeHHOM, CPEeIHSIs IUTMHA
W IIMpWHA TAUIOMOB L. pulmonaria yBeTauBaeTcs
(puc. la, 16, Tabn. 3), pacTeT IUIOIIAlb TAJJIOMOB
(puc. 2a—2r, Tabj. 4). BaxkHO OTMETUTb, YTO OKPYT-
JIBIe TAJUIOMBI He mpeBbImaioT 0.15 ¢cM B WIMHY U
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0.12 cM B mpuHy, oBasibHbIe — <0.45 1 <0.24 cM, nipo-
nmonroBatbie — <0.82 u <0.71 cM U paccedeHHBIE —
<1.04 1 <£0.86 cM COOTBETCTBEHHO.

YcTaHOBIEHO, YTO Cpeay U3YYeHHbBIX ITIPU3HAKOB
MEPBLIMU B XOJ€ OHTOTEHE3a MOSIBISIOTCS IETUHKU
(onyiieHue), pu3MHbLI (Ha HUXKHEH CTOpOHE TaJljio-
Ma) U IIepPOXOBATOCTU (HA BEpPXHEI CTOPOHE); O3/ -
Hee (GOPMUPYIOTCS BBIEMKU, U TOJIBKO MOCJE 3TOTO
00pa3yloTcs BhIpakKeHHbBIE IMYAThIC YTIIYOJIEHUS].

OCHOBBIBAsICh Ha MOJYYECHHBIX JaHHBIX U UMEIO-
IIMIXCS B IUTEPATYpPe CBEACHUSIX 00 OHTOTeHE3€e pac-
TeHUil M JnumaiHukoB (PabGotHoB, 1950; YpaHos,
1975; Cyermnna, 2001; I'opmkoB, CemeHnona, 2008;
Cyetuna, I'nmotos, 2010; Cyetuna, SAmo6epmona, 2010
Y JIp.), BCE U3YYEHHbIC MUKPOCKOTTMYECKUE TAJIJTOMBI
MOXHO OTHECTH K IBYM BO3PACTHBIM COCTOSTHUSIM
IpereHepaTUBHOIO TIeprUOda OHTOTCHE3a: OKPYIJIbIe
BBIITYKJIbIE TaJlJIOMbl — K IOBEHUJBHOMY (j) COCTOSI-
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Puc. 1. CpenHuie 3HaYeHUS TUHBI () ¥ U PUHBI (0) TauioMoB Lobaria pulmonaria pa3HbIx Mopdhoorndeckux (popm B ucciie-
noBaHHbIX utonieHo3ax Kapenuu. [Tpumeyanue: opMbl TALIOMOB 0003HAUYEHBI ciieayommnmMuy udpamu: 1 — okpyrias, 2 —
oBajibHasl, 3 — mpojoJiroBartasi, 4 — paccedeHHast. Pa3HbIMU JATHHCKMMU OYKBaMM OTMEUEHbI CTATUCTUYESCKU 3HAUYUMbIE pa3-

JIMYUS MEXTY cpeTHUMU 3HadyeHusiMu ripu p < 0.01.

HUIO, a OCTaJIbHbIe 3 Mopdoiiorndeckue a3k, pas-
BUBAIOIIUECS ITOCIEI0BATENBHO IPYT 3 APYIOM, — K
uMmatypHomy (iml, im2, im3 COOTBETCTBEHHO).

TanaoMbl, HaXOOdIIMECS B IOBEHUJIBHOM COCTOSI-
HUY, HE MMEIOT IIPU3HAKOB B3POCJIOI0 OpTraHM3Ma.
Hauunas ¢ mmmaTtypHoro 1 mo mMMatypHOro 3 co-
cTostHUM y L. pulmonaria dopmupyeTcst JIMCTOBaTOE
CJIOEBUIIE, Y TaJUJIOMOB YBEJIMYMBAIOTCS JIMHEHEIC
pa3Mephl 1 Iwiomans (tada. 3, tada. 4, puc. 2a—2r),
HAYMHAIOT IOSIBJISITBCS M IIOCTEIIEHHO Pa3BUBAIOTCS
XapaKTepHbIe BUIOBBIE 0COOEHHOCTH. BaxkHO oTME-
TUTh, YTO B BO3PACTHOM COCTOSIHUM MMMAaTypHOE 3 B
Teje JUIIaifHUKa HaYMHAIOT (opMHUpoBaThes lieda-
JIOOIWH, YTO CBUIETEIILCTBYET O 3aBEPIICHUH IIpoIiecca
JIMXEHU3alMM W O0pa3oBaHUM TPEXKOMIIOHEHTHOMN
CHCTEMBI: Tpubda, 3eJeHOM BOOJOPOCIN U IIMaHOOAaKTe-
puu. Tak, B padote C. Cornejo u C. Scheidegger (2013)
ONMCaH Mpolecc oopa3oBaHMs LiedagToanii y MOJIO-
JIBIX TAJUIOMOB L. pulmonaria. ABTOpBI OTMEYAIOT, UYTO
JaHHbIE CTPYKTYphl Y MOJIOABLIX TaJIOMOB MOTIYT
OBITh KaK BHEITHMMH, TaK M1 BHYTPEHHUMMU.

Kax moka3anum TIpoBedeHHBIE WCCIEIOBAHUS,
IOBEeHWIbHBIE 1 UMMAaTypHBIe TaJUIOMBI L. pulmonaria
OOHapyXeHbl TOJILKO B TeX MECTOOOUTAHUSIX, TIe
pacTyT MaKpOTAJIJIOMbI, TO €CTh B HEITOCPEICTBEHHOI
6JIM30CTU K KPYITHBIM TaJUIOMaM, KOTOPEIE, BEPOSIT-
HO, SIBJSIIOTCSI MaTepuHCKUMU. C TMPOTUBOIOIOXK-
HOI CTOPOHBI CTBOJIA HE OBLIO OOHAPYXKEHO HU OTHO-
ro TaJuioMa rromansio <1 cm?. BaxKHO OTMETUTB, YTO
B JIECHBIX COOOIIeCTBaX MOA30HbBI CPEAHEN TaliTy Ha
ctBoJiax Populus tremula c yBeaudeHreM oOI11Ie T110-
aay TaLToMoB Ha aepese ¢ 50 1o 750 cM? IUIOTHOCTD
IOBEHWIbHBIX 1 UMMAaTYPHBIX TaUIOMOB MOBBIIIIAET-
cs1 B 30 pas: ¢ 0.01 no 0.3 wt. /cMm? (puc. 3).

Bupruamiasabie coctosinug. Kak u y pacrteHui,
dopMupoBaHUE TUIMUYHON KM3HEHHOM (DOPMEI JI1-
LIAfHUKOB, COXPaHSIONIECcsT Ha TMOCIeIyIOIINX

aTarrax OHTOTeHe3a, MMPOUCXOIUT B BUPTUHMIBHOM
(v) onToreneTnueckoM cocrosthuu (CyetuHa, SIm-
oepnoBa, 2010). Tak, B BO3paCTHOM COCTOSTHUY BHP-
ruaiibHOe 1 (v1) mIpereHepaTUBHOTO IIEpUOIA Ta-
nombl L. pulmonaria nMerOT XapakKTepHBIM B3pOC-
JIBI 00JIMK — XOpoIno chOpMHUPOBAHHBIC JIONACTH,
gaMJaTble YIiyOJIeHUsI U pedpa, HO SBIISIIOTCS CTe-
PWIBHBIMH, 06€3 PEMPONYKTUBHBIX CTPYKTYp. Boib-
IIMHCTBO TAJIJIOMOB 3TOro coctosiHus (75%) nmerot
wromans <10 cM? (puc. 2x, Tada. 4). [Ipu nanbHei-
IIIeM pa3BUTUU JINIITAHUKA B COCTOSTHUY BUPTHHIIb-
Hoe 2a (v2a) IUIOIIANb TajyIoMa YBEJIMYUBACTCS: Y
74% ona Bapbupyer ot 1.3 10 30 cM? U B CpeIHEM CO-
crasiseT 14 cm? (puc. 2¢). ITo KpasM Jonacreii noss-
JISIIOTCSI BeTEeTaTUBHBIE TUACTIOPHI, KOTOPhIE 3aHUMa-
10T 10 10% momanu TauiomMa, pedpa CTaHOBITCS 60-
Jlee BBITYKJIBIMM. Ha BepxHeil u/MiuM HUXKHENH
MOBEPXHOCTHU TaJJIOMa CTAHOBSITCS 3aMETHBIMM IIe-
danoauu, B Buae KOpUIHEBBIX WJIM TEMHO-KOPUYHE-
BBIX BBIITYKJIOCTEH. B OHTOreHeTH4eCKOM COCTOSTHUM
BUpPTUHUJIBbHOE 2b (v2b) 3HAUMTEIbHASI YacTh TaJlo-
MoB (71%) umeet rutowans ot 10 1o 70 cm? (puc. 2x)
co cpenHuM 3HaueHueM ~30 cm?. Bosbinoe konuye-
CTBO BeTE€TAaTHUBHBIX MPOTIArysl (hopMHUpyeTCs o Kpa-
SIM TaJUIoMa, TIOSBIISIIOTCS ¢IMHWYHBIC JaMHWHAab-
HbIe copayti. J1oJ1s TIoIIaan ¢ BereTaTUBHBIMU d1a-
CTIOpaMU OT OOIIIEH TIJTOIIAIN TaJZIOMa COCTABIISICT OT
10 mo 30%. 3akaHuMBaeTCs IIpereHepaTUBHBIN Mepy-
Ol OHTOTE€HETHYECKUM COCTOSTHIEM BHPTHHUJIBHOE 2C
(v2c). I1pu 3TOM IUIOIIAAB TAJIZIOMA B JTAHHOM COCTO-
SIHUU CUJIBHO BapbUpyeT oT 6.25 10 3437 cm? (Tabi. 4,
puC. 23) U B CpeTHEM COCTaBIISIET 265.9 cMm?. YV 78% tan-
JIOMOB IuIomans rpesbiuaet 40 cv?. Copaay oOMIBHO
pacripocTpaHeHHI TI0 KpasiM M pebpaM TaJllloMa, TUTO-
IIaab MX TIOBEPXHOCTH cocTaBisieT >30%, Ha BepxHeit
W/VJIM HIDKHEH TTOBEpXHOCTH TaJJToMa XOPOIIO TIpo-
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2

Puc. 2. [lnomans TannomoB Lobaria pulmonaria B pa3HbIX OHTOTEHETUYECKUX COCTOSTHUSIX.

CMaTpHUBAIOTCS LIehaTOINU, a Ha CTApbIX y4aCcTKaX Tal-
JIOMa HAaYMHAIOT (hOPMUPOBATHCS N3N,

I'enepaTuBHOE cocTosgHue. L. pulmonaria pa3MHO-
XKaeTcd M PaclpoCTpaHsIeTCs MPEUMYIIECTBEHHO C
IMTOMOIIBIO BETeTaTUBHBIX TUACIIOP U TIOAOBBIEC Tea
nosisorcs peako (Gauslaa, 2006; Edman et al.,
2008; Jiiriado et al., 2011). Cauraercs, 4TO allOTeLUN
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GOpMHPYIOTCA TOJIBKO B TeHETUYECKU TeTepPOTreH-
HbIX nonynsuusax (Zoller et al., 1999). B uzydyeHHbIX
JIECHBIX coobIecTBax Kapenun Toibko y 4% tanno-
MOB OOHapyXeHbI TJIOJOBbIC Teja. ['eHepaTUBHBIE
(g) TaJTTOMBI IMEIOT ITOCTATOYHO KPYITHBIE pa3Me-
pel. Tak, y ~60% TamioMoOB IUIOIIAAb COCTABISET
>100 cM? (puc. 2u). BaxXHO OTMETUTD, 4TO aIOTELUN
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Taomuma 3. JIvHeitHble pa3Mepbl TAUIOMOB Lobaria pulmonaria, OTHOCSIIIIMXCSI K pa3HBIM OHTOT€HETUUECKM COCTOSTHUSIM

JnvHa Tanioma IIupuna Tanmoma

ng;zz;,[e Hucro MUHUMaJbHbIE/ MUHUMAaJbHbIE/

coctosinms | THVIOMOB |\ akcumanbHbIe 3H:£:§::?CM CV!, % | MakcumanbHbIe 3H§E:§§:,CCM CV. %

3HaYeHUsI, CM 3HauYeHUsI, CM

J 209 0.01-0.15 0.05 £ 0.002 53 0.01-0.12 0.04 £+ 0.001 52
iml 182 0.01-0.45 0.09 £ 0.007 61 0.01-0.24 0.06 = 0.005 49
im2 214 0.03—0.82 0.17 £ 0.008 61 0.02—0.71 0.12 = 0.007 65
im3 214 0.04—1.04 0.32+£0.01 56 0.02—0.86 0.23 = 0.01 57
vl 1136 1-30 3.72 £ 0.11 78 1-13 2.54 £ 0.06 59
v2a 1117 2—40 8.01 £0.23 82 1-25 5.43 +£0.11 57
v2b 279 2-39 12.15 £ 0.44 52 2-29 9.17 £ 0.36 56
v2c 192 2-76 20.16 £ 1.13 66 1-44 14.05 £ 0.69 59
g 156 5-91 29.79 + 1.78 60 3-59 20.01 = 1.19 59
sS 326 5—-84 26.2 £ 1.09 67 1-64 16.8 £ 0.65 65
s 503 2—63 19.39 £ 0.58 63 1-49 13.1 £0.39 63

[Mpumevanue. 1 3nech u nanee CV — K03 GULIMEHT Bapualvi.

dopMupyIOoTCS Ha O0OTaTHIX COpalIsIMU TaJUIOMax, C
SIpKO BBIpaxkeHHBIMU pebpamu. Ha cTapbix ygacTtkax
TaJIJIoMa UMEIOTCS 3UIUMN.

Cy0ceHMIIbHOE H CEHIJIbHOE COCTOSHuA. B mmocTre-
HEPaTUBHOM MEPUOJIE Y CYOCEHWIbHBIX (SS) TAJIJIOMOB
L. pulmonaria HaYMHAET pa3pylLIaThCA CIIOEBUIIE, Ha

IT./CM>
0.8
06L V= 0.0005x — 0.081
' R>=0.71**
0.4
0.2 F
[ ] 1 [ Nl 1 1 ]
0 200 400 600 800 1000 1200

OG6w1ast IUIoIaIb TAJUIOMOB Ha CTBOJIE, CM>

Puc. 3. [TnoTtHOCTH MUKpOTAILIOMOB Lobaria pulmonaria
MpY pa3HOM OOIIIEei MIoIaau TaJIOMOB Ha cTBoJiax Pop-
ulus tremula B JECHBIX COOOIIECTBAX CpPEIHETACKHOM
nmoa3oHbl. [IprMedanue: BepTUKATbHBIMUA JIMHUSIMU T10-
Ka3aHa ollIMOKa cpenHero, R- — KoahGUIIMEeHT neTepMu-
Haumu; ** — ypoBeHb 3HaumMocTtH, p < 0.01.

CTapbIX, OTMUPAIOIINX YIaCTKAX UMEIOTCSI U3UAUHN, a
TakKXXe HAYMHAIOT (pOPMUPOBATHCS pereHepaTuBHbIE
CTPYKTYPHI, He CITOCOOHBIE K pacCIIpOCTPaHEHUIO (JIO-
oynn). OgHako tromans y 50% TaiioMoB, NpUHAI-
JIeXallInX K CyOCEHUIIBHOMY COCTOSTHUIO, COCTABJISIET
>100 cm? (puc. 2K). B JaHHOM OHTOTrE€HETUYECKOM
COCTOSIHMY TUIOLIAAb IMTOBEPXHOCTU TaJUIOMa C Bere-
TaTUBHBIMHU IpomnaryiaMu coctasiseT >30%. 3aBep-
IIIae€T OHTOT'€HE3 CEHMJIbHOE (S) COCTOSTHIE, ITPU KOTO-
poM GoJbllIasi 4yacTh TajlloMa paspyllaeTrcsl, a Ha
OCTAaBIIMXCS JIONACTIX UMEIOTCSI KPYITHbIE HEKPOTH-
yecKHue YYaCTKU, a TaKKe pereHepaTuBHbIE CTPYKTY-
pBI, HE CITOCOOHBIE K pacripocTpaHeHUto. Ilmomans
HEKPO30B OT OOIIIEH TUIONIAAV TaJJioMa COCTaBIISIET B
cpenaeM ~20%. boinpimas gacth TauioMoB (~60%)
3TOTO COCTOSIHUSI MMeeT Tuiomanb ot 20 mo 50 cm?
(puc. 2m). IIpn 3TOM Ha OCTABIIMXCS YACTSIX TAJJIOMA
MPUCYTCTBYIOT BereTaTUBHBIC IIPOIIAryJbl (Copaju,
W3UAUN), KOTOPbIE, MO-BUANMOMY, YCIEIIHO pac-
MIPOCTPAHSIOTCST 10 MOMEHTA OTMHUPaHUS TaJuioMa.

SAKITIOYEHHME

Ha ocHoBe n3ydyeHHOIi BLIOOPKM TAJUIOMOB L. pul-
monaria, ¢ Y9eTOM JIMTEPaTypPHBIX JaHHBIX (Mwuxaii-
jnoBa, 2005; I'opmkoB, CemeHoBa, 2008), B oHTOre-
He3e Buaa ObUIO BhIAeIeHO 4 mepuonaa u 14 Bo3pact-
HBIX COCTOSIHUIA.

IMocne oObemmHEHUS TPUOHOTO KOMIIOHEHTa C
BOJOPOCIIBIO 3a4aTOK CJIOEBUIIA 0OpeTaeT OKPYTIYIO,
KaruIeBUIHYI0 (hopMy (IOBEHUJIIBHOE BO3PAacTHOE CO-
CTOSTHHE); CO BpeMEHEM TaJIJIOM CTAaHOBUTCS JIUCTO-

OHTOI'EHE3 TtoM 51 Ne2 2020
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Taoimna 4. Thromank TajyioMa M I0JIsl HEKPOTUYECKUX 00pa3oBaHuii B TajutoMax Lobaria pulmonaria pa3sHBIX OHTOTE-
HETUYECKUX COCTOSTHUI

[T1omane Tanaoma [T1omans HEKPO30B
Onrrore- Yucro MUHUMAaJIbHbIE,/ MUHUMAaJIbHbIE/
IZZTCY;EZ:Z:: TaJJIOMOB | MakcHMaJlbHbIE cpeiree , | CV, % | MakcuManbHbIe cpeiree , |CV, %
—— 3HayeHue, cM ——— 3HayeHUe, CM
J 209 0.0001—0.048 | 0.0022 £ 0.0003 171 — — -
iml 182 0.0003—0.057 | 0.0065 % 0.0007 121 — — —
im2 214 0.001-0.76 0.034 £ 0.0067 | 288 — - -
im3 214 0.001-0.89 0.095 = 0.0075 119 — —
vl 1136 0.3—69 7.9+0.26 110 0-50 1.2+0.21 594
v2a 1117 1.25—443 27.0 £ 1.19 147 0—-67 451032 240
v2b 279 3.1-544 58.1 £3.97 114 0-50 5.6 £0.58 174
v2e 192 6.25—-3437 265.9 = 34.84 182 0-50 11.4 +£3.73 698
g 156 12.5-3750 330.2 £ 41.04 155 0—-86 8.11£0.92 142
S8 326 6.25—-1937 292.7 £ 30.65 189 0-54 9.2+£0.49 96
s 503 1.9-564 96.6 +5.59 128 0—-80 19.7+0.79 91

BaTbIM, CUJIBHOPACCEYECHHBIM, TTOSIBIISICTCS sIMYaTast
OyrpucTOCTh. B cocTOsTHMM MMMaTypHOe 3 HaUMHAEeT
MIPOUCXOAUTh BHEApEeHUE LIMaHOOAKTEPUIA B COCTaB
TajmoMa. TakuMm 06pa3oM, B BO3PACTHOM COCTOSIHUM
BUPTUHWILHOE | TaJLTOMBI TIPUOGPETAIOT B3POCIIbIiA
00JIMK, OTHAKO BCE €llle OCTAIOTCS CTePUIILHBIMU.

B xone mHauBuayaabHOTO pa3BUTUSI, B BO3pacT-
HOM COCTOSIHUM BUPTMHUJIBHOE 2, TAJUIOM YBEJINYM-
BaeTCs B pa3Mepe Ha €ro IOBEPXHOCTU 00pa3yroTCs
copajii, pa3BUBalOIIMeCcs CHavaja Mo KpasiM Jiorna-
CTeii, a BIOCJIEACTBUM U Ha MX BEPXHEM MOBEPXHO-
cTr, GOPMUPYIOTCS U3NANHU, HeaTOaNN CTAHOBSITCS
XOPOIIIO 3aMEeTHBIMY Ha BEpXHEl 1/MJIN HUXKHEI Mo-
BEpXHOCTU TaJutoMa. BereTtaTuBHBIE OTMACIIOPHI CO-
JIepXart B cebe KIIeTKU Ipruda M 3eJIEHOM BOIOPOCIIH.
ITocne oTaeneHust OT MaTEPUMHCKOTO TaJllIoMa cope-
MM 3aKPEIUISIOTCS Ha CTBOJIE AepeBa rudamMu rpuda
¥ 00pa3yioT HOBHIM TayutoM. OTHAKO OIS TOTO YTOOBI
BBIKUTh, EMY HEOOXOAMMO BKJIIOUUTH B COCTaB CBOE-
ro tejia aHobaktepuio (Werth et al., 2006).

Korma tannom gocturaet KPYIMIHbBIX pasM€E€poB, a
€ro IOBEPXHOCTb OOMJIBHO IIOKPbIBAIOT COpain, OH
CTaHOBUTCA IOTCHUMAJIbHO TCHCPATHUBHLIM. B pe-
3yJbTaTE IOJOBOIO pPasMHOXCHMA Ha IOBEPXHOCTU
TajJlsioMa 06pa3y10T051 IIOAOBBIC TEJIA — aIllOTCILIMH.

C TeuyeHMeM BpeMEeHHM TaJlJIOM HauMHAeT paspy-
matbest. [1py 3TOM Ha cTaphbIX JIOMACTSIX MMEIOTCS
W3UAUM, KOTOphIe MOTYT pa3pacTaThCs B JIOOYIU
(pereHepaTUBHbBIE CTPYKTYPHI HE CITIOCOOHKBIE K pac-
npoctpaHeHuo) (Muxaitnosa, 2005). 3akaHuMBa-
eTCS SKM3HEHHBIM IUKJ JHIIAaiHUKA paclagoM
KPYITHOTO TaJJIOMAa U HAJIMYKMEM OOJILIIOTO KOJTMYe-
CTBa HEKPOTHYECKUX oOpa3oBaHUii. BaxkHo oT™me-
TUTh, YTO HA ITOBEPXHOCTH CTAPbIX CYOCEHUIBHBIX U
CEHUJIBHBIX TaJJIOMOB TPUCYTCTBYIOT B OOJIBIIOM
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KOJINYECTBE BEIr€¢TaTUBHLIC ITpoIiaryJjbl, YTO CBUIC-
TCJIbCTBYET O CIIOCOOHOCTH JNAHHOTO BUOA JIMIIAK-
HHKa K BEreTaTUBHOMY Pa3MHOXCHMHIO OO KOHIa
KMN3HU.

B pesynbTaTe MeXaHMYECKOIO BO3ICHCTBUS OT
TaJlJIOMa MOTYT OTAEIUThCS HE TOJLKO CIIeIIUATN3H-
pOBaHHBIC BeTreTaTUBHBLIC AUACIIOPbI, HO U IIEJIbIC
dparmenTsl. Takue yacTy TajlyToMa Ipy NONagaHuU B
6JIarOIIPUSITHBIE YCIIOBUSI CIIOCOOHBI MMPUKPEITUTHCS
K cyocTpaTy 1 00pa3oBaTh HOBBIM Ta/uioM. B Takom
cllydae HeoOXOAMMOCTh B Mpoliecce JOINXEHU3aun
OTIajaeT.

Takum 06pa3oM, B XKM3HEHHOM LUKIIEe L. pulmo-
naria eCTb HECKOJIbKO BapMaHTOB 0Opa30BaHUSI HO-
BOI'O CJIOEBUIIA: OT ACKOCITOPHI, BEreTATUBHOM JMaC-
MOPHI WIK (pparMeHTa TajioMa. [1pu 3ToM TaaaoMbl,
obOpa3oBaBIIMecs pa3HBIMM CIIOCOOaMM, MOTYT B
Ipolecce OHTOreHe3a MPOXOAUTh Yepe3 reHepaTUB-
HOE COCTOSTHUE, & MOTYT €0 MPOITYCTUTh. DTO CBSI3a-
HO C TeM, 4YTO TIJIOAOBbIE TeJIa DOPMUPYIOTCS TOITBKO
B TEHETMYECKU TeTEPOTeHHBIX ITOIY/ISIIUIX, T.€. IIPU
HAJIUYUHU TeTePOTAJUNIMYHBIX TAJZIOMOB L. pulmonaria
(Zoller et al., 1999). YcraHoBiI€HO, YTO Ha MPOLIECC
dopMHUpOBaHMS amNoOTELMEB OKAa3bIBAIOT BIUSIHUC
YCI0BUSI MECTOOOUTAHUS, MPEXIE BCETO — JABHOCTh
HapylIeHUsT COOOIIECTBA, OT KOTOPOM 3aBUCUT HaJIM-
Yye MOAXOMSIINX YCJIOBUIA TSI pa3BUTHUS 1IEHOIIOITY-
JILUIA ¥ TPOIOJKUTENTBHOCTh KonoHu3auu (Mrua-
TeHko, Tapacona, 2018).

B xone uccnenoBaHMit CTAIO OYEBUIHO, YTO KPYII-
HBIC TAJUIOMBI BUJIa B MTOOXOMSIINX YCIOBUSIX CPEIbI
00/1a1al0T BHICOKUM TMOTEHIIUAIOM K OOpa30BaHMIO
HOBBIX JKM3HECTTOCOOHBIX TasToMoB. HecMoTpst Ha TO,
YTO OIPEIACINTh, U3 KAKMX UMEHHO (ITOJIOBBIX UJIN Be-
reTaTUBHBIX) AVACIIOp OOpa3oBallUCh Te WM WHBIE
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IOBCHIUTBHBIC 1 UMMATYPHBIE TAJZIOMBI 6¢3 TeHeTHYe-
CKMX HCCIIeIOBaHUIT HEBO3MOXKHO, TIOJTyYeHHBIC JaH-
HBIE TTO3BOJISTIOT TIPEIITOIOXKUTE, YTO OOJIBIIIasl YacTh
OIMMCAaHHBIX IOBEHWIbHBIX 1 UMMATYPHBIX TaJJTIOMOB
BO3HUKJIa BETETATUBHBIM ITyTeM, ITOCKOJBKY dep-
TWIbHBIE TAJLIOMBI L. pulmonaria B u3y4eHHBIX COO0-
IIIeCTBaX BCTPEYAIOTCS TOCTATOUYHO PEIKO.

IlpuBeneHHas B HacTosIIIei paboTe cxeMa OHTOTe-
HE3a UMeeT psifi CYIMIECTBEHHBIX OTIMYWII OT MMeEIO-
IUXcsd B JIMTepaType naHHbIX (MwuxaiiioBa, 2005;
l'opmikos, CemeHona, 2008). Kak moxka3ajm Hamm qaH-
HEBIC, JOBEHWIbHBIC TAJUIOMBI He TIpeBbimatoT 0.15 cM B
mmHy 1 0.12 cM B mmpuHy, a tMMaTtypHbeie 1 —<0.45u
<0.24 cM coOoTBeTCTBeHHO. Mcxomsl u3 IMpUHIIMIIOB
JIUCKPETHOTO BbIIEJIEHUSI BO3PACTHBIX (OHTOTCHETH -
YeCKHUX) COCTOSTHUM y muiaitHuKoB (CyetuHa, 2006;
CyertuHa, I'motos, 2015) K ToBeHUJILHOMY CJIEAYET OT-
HOCHUTH CJIOEBHUIIA TOJBKO HAKMITHOM XM3HEHHOM
¢dopmpbl, a He B BUje JjonacTtu (yenryiiku) (I'op1ikos,
Cemenona, 2008), koTopble, Ha HaIll B3IJISI, SIBJISI-
IOTCSI UMMATYPHBIMUA. MOMEHT MOSIBIIEHUS 1iedalio-
JIMEB Ha TaJJIOMax — BaXXHEWIIUNA MPU3HAK, KOTOPBIH
JIO 3TOTO B IUTEPATYpPE HE YUMTHIBAJICS.

CnocoOHOCT, K 00pa3soBaHUIO BETEraTMBHBIX
MpoIIaryJy sBJIsIeTCS] OMHUM U3 TJIaBHBIX TIPU3HAKOB,
MOSIBJISIONINXCS B XOJIe OHTOTeHEe3a JIMIIaiiHuKa, 1,
KaK MpaBWJIO, COXPaHSIOMUIICSI B TeUYeHUE Bceil
Xkun3HU TannoMa. OgHako B padbore B.B. I'opmikoBa
n H.A. CemenoBoii (2008) Hanuuue copenmeB ydmn-
TBhIBAETCSI TOJILKO B BUPTMHUJILHOM 2a COCTOSTHUM.
B pammix nccnenoBanusax, Kak u B padore M1.H. Mu-
xainoBoit (2005), pu BbIAEACHUU BUPTUHUJIBHBIX
cocrossHuii (v1, v2a, v2b, v2¢) KIIIOYEBBIM IIpU3HA-
KOM SIBJISJIOCh OOMJIME U PACIOJIOXKEHME copajieii, a
Tak>Ke IUIoIaab TajaoMa. M3BeCTHO, YTO B OHTOTe-
HETUYECKOM pPsIAy OT BUPTMHUJIBHOTO 2a 10 BUPIHU-
HMJIBHOTO 2C YBEIUYUBACTCS YMCIIO U J0JISI copasieit,
BO3pacTaloT JMHEWHBIC pa3Mephl TAJUIOMOB (Mmuxaii-
noBa, 2005). ITokazaHo, 4YTO U3NAUY HOSIBIISIIOTCS Ha
CTaphIX JIOMACTSIX TAJUIOMOB, KOTOpPbIE€ OOMJILHO I10-
KPBITHL COpaJIsIMK (BUPIrUHUJIBHOE 2¢). BaxHo, 4To
BeTreTaTUBHbBIC MPOIATyJIbl MPOAOJIKAIOT CYIIECTBO-
BaTh Ha CTapbIX, TOTMOAIOUIMX TAJUIOMAX U CIIOCOOHBI
K pacnpocTpaHeHuo. M3unum u 1o0ynau B paboTe
B.B. TI'opmikoBa 1 H.A. CemenoBoii (2008) ucmonb-
3YIOTCSI KaK OTACJIbHbIC IPU3HAKK IS BBIOEICHUS
OHTOTCHETUYECKMX COCTOSTHUII BUPTUHWIBHOE 2b 1
BUPTUHWIBHOE 2C COOTBETCTBEHHO. B Hammx uccie-
JoBaHMSIX, Kak M B pabore M.H. MuxaiinoBoii
(2005), ycTaHOBJIE€HO, YTO JIOOYIU (hOPMHUPYIOTCS Ha
CTapbIX, OTMHUPAIOIINX JIONACTIX Ha TAJJIOMaX, KOTO-
pble OTHOCSITCS K IIOCTTeHepaTUBHOMY niepuoay. Ta-
KM 00pa3oM, MOJIy4eHHEIE MaHHBIE CYIIECTBEHHO
JIOTIOTHSIIOT UMEIOIIYIOCS B JIMTEPAType CXeMy OHTO-
reHesa Juinaitnuka L. pulmonaria.
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The ontogenesis of the epiphytic lichen Lobaria pulmonaria was presented. The studies were conducted in the
forest communities of Karelia with times since disturbance from 80 to 450 years. It has been noticed that there
were 4 periods and 14 age-related states in the ontogenesis of the L. pu/monaria according to the concept of a
discrete description of plants and lichens. Each ontogenetic state of the L. pulmonaria was characterized by
certain sizes of thallus, the presence and degree of vegetative diasporas development and apothecia on the
thallus surface. Possible variants of the species ontogenesis were described.

Keywords: ontogenesis, lichens, Lobaria pulmonaria
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CYTOUYHAY TMHAMUWKA JIUTINAOB N JKUPHBIX KNCJIOT
N AKTUBHOCTbH ®EPMEHTOB DHEPTETUYECKOT'O 1 YIJIEBOIHOI'O
OBMEHA Y MOJIOJIA JENITOKJINHYCA ITITHUCTOI'O LEPTOCLINUS
MACULATUS (FRIES, 1838) PASHBIX CTAIUI PA3BUTHUSA
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BnepBbie IIpoBeicHO CPaBHUTEILHOE UCCIIENOBAHNE CYTOYHON AMHAMUKY JTUMTUIHOTO U SKMPHOKHUCIOTHO-
To IpodUiIst, YpOBHSI SHEPIeTUYECKOro oOMeHa y MOJIOOH MSITHUCTOrO jJenTtokimHyca L2, L3, L4, L4*, L5
CcTamuii pa3BUTUSI, SIBJISTIONINXCS 3BeHbsIMU TTetarmdeckoit (1.2, L3, L.4) u 6entocHoii (L4, L4*, L5) nuimeBoit
nenu u3 3aimBa KoHre-dropn B yciaoBusix mossipHoit Hour. CyTouHasi TMHAMUKA JIMTTUIHBIX KOMITOHEHTOB
U1 aKTUBHOCTHU (hepMEHTOB aHA3POOHOr0 OOMEHA MOXKET paCCMATPUBATLCS KaK OIMH U3 MEXaHU3MOB I'eHETH -
YeCKHM IeTEPMUHUPOBAHHOM OHTOTEHETUYECKOI 1 9KOJIOTUYECKN OPUEHTHPOBAHHOM (peHOTUTTUUECKO pa3-
HOKA4YeCTBEHHOCTH XKM3HEHHOM CTpaTeruy BUIa, HATIPABICHHON Ha MOAIEpXKaHMUE €ro CyIEeCTBOBAHUS B
KOHKPETHBIX YCJIOBUSIX CPE/Ibl M aanTalliio K HUM Ha pa3HbIX YPOBHSIX OpraHU3allMy XXUBOTO.

Karoueswie crosa: pI)I6LI, OHTOI'CHE3, OMOXUMUYECKUE agarTaliu, CYTOYHbLIC PUTMBI, JIUIIWUObI, KUPHBIC

KMCJIOTBI, DHEPreTUUYEeCKNii 0OMeH, ApKTHKa
DOI: 10.31857/5047514502002007X

BBEAEHWE

Pr1061 cemeiictBa CtuxeeBnix (Stichaeidae) 601b-
LIYI0 YacCTh >KM3HU TMPOBOMIT Ha JHE MPUOPENKHBIX
aKBaTOpUit KOHTUHEHTAJIBHOTO 1IeIb(ha MOPCKUX IKO-
cucTeM, IITyOMHa MX OOMTAaHUSI CUJIBHO BapbUpYeT, He-
KOTOpBIE M3 BUJIOB OOMTAIOT B 30HE MPWIMBHO-OTJIUB-
HbIX TedeHui. Criendpudeckre yciaoBrs OOUTaHUs 1
IIUPOKWI OUarna3oH BapbUPOBAHMSI 3KOJOTUYECKUX
(dakTOpOB IJIsI pbIO 3TOr0 CEeMECTBA ONPEALISIIOT BbI-
COKYIO CTeTeHb aIalTUBHOCTU U TJTACTUYHOCTH.

Crenyer 3aMeTUTh, YTO MHPOPMALIUS O OUOJIOTUH
JIaHHBIX BUIOB ceMelicTBa CTHXeeBble HEMHOIOYMC-
nenHa (Ochiai, Fuji, 1980; Miki et al., 1987; Keats et al.,
1993; Smith, Wootton, 1999; Kolpakov, Klimkin,
2004; Rose, 2005; Murzina et al., 2008). ITaTHUCTBII
nenroknunyc (Leptoclinus maculatus (Fries, 1838)) —
MOPCKOI MOHHBIA BHUI, OTHOCSIIMMCI K apKTUYe-
cko-6openpHOI ([Jonros, bensuk, 2012; MyxuHa,
Honros, 2012) 30oreorpadpuyeckoii rpymme. M3Bect-
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HO, YTO PeNpPOAYKTUBHAS (DYHKIMS U MOCCaYyIOIIee
pa3BUTHE OpraHMU3Ma 3TUX PbIO MPOTEKAET B YCIOBU-
SIX HU3KUX TeMIlepaTyp, UKpOMeTaHUe JIENTOKIUHY-
ca IMpUXOIUTCSI Ha 3UMHUM CE30H MJIM 3UMHE-BECEH-
Huii (Murzina et al., 2012) 1 TeCHO CBSI3aHO C TeMIIe-
paTypoii cpenmbl, a TakKXe TpodHKOil, OCOOEHHO,
MIPUHMMAsI BO BHUMAaHMUE TOT (PaKT, YTO TMIYMHKU SIB-
JsoTcs nenarndeckumu (Aappusiiaes, 1954; Ilek-
KoeBa u ap., 2014, 2017a, 20176, 2018). Momoxnp jer-
TOKJIMHYCA XapaKTepU3yeTCs IMTEIbHBIM Pa3BUTHUEM
B IIeJIardajd U OTHOCUTEIbHO HEIaBHO YCTAHOBJICH-
HOIl MHOTOCTAaIWNHOCTHIO) U B MPEIIOXKEHHON CH-
cteme (Meyer Ottesen et al., 2011, 2014; ITekkoeBa,
2018) craguu obOO3HAYaIOTCs JIATUHCKOU OYyKBOI U
mudpoii: cranuu paHxupoBaHsbl oT L1 go L5, us Ko-
tophix L2, L3 oburatoT B menaruanu, L4, L4* — nme-
IOT IIePEXOIHBII 00pa3 XXMU3HU OT IIejaruaind K J0H-
HoMYy, a L5 — moHHoe obutanue. Ctaguu pa3BUTUS
MOJIOOU Pa3InyaloTcs 110 MOp(GOPU3NOIOTUYECKUM
XapaKTepUCTUKaM, a TakKe pasfelIsIIoTCs IO IpH-
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JlnuHa Teyta, cM
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Cranusa pa3sBUTUA

Puc. 1. Craguu pa3BUTHs JENTOKIMHYCA MSITHUCTOTO (110
C.H. INekxkoeBoii, 2018).

HAJJIEKHOCTH K DKOJIOTUYECKUM TpyHIiaM (Tiejlaru-
yeckoii, “mepexomHoii”, moHHoii) (Meyer Ottesen
et al., 2011, 2014; IlexkkoeBa u np., 2017a, 2018). B pa-
oore C.H. Ilekkoesoii (ITexkoesa, 2018) BnepBbie
OpeACcTaBlAeHbl JAaHHbIE O JTUMUIHOM WM KHUPHOKMC-
JIOTHOM cocTaBe mojionu L. maculatus B Tipoliecce
MOCT3MOPMOHAJILHOIO POCTa U Pa3BUTHUS B 3UMHMIA
MepUo, IPUBEACHBI CBEACHUS MO U3MEHEHUIO IJTH-
HbI U COCTOSIHUSI 0COOOro IMpOBU30OPHOI0 00pa3oBa-
HUS Tejda — “JIMIMIHOTO MeIlKa” B IIpoIecce pa3BU-
TUS TUIUHKU. POopMUpOBAHUE JTUMTUIHOTO MEIIIKa C
HAYaJIOM 3K30TeHHOTO MUTAHUS Y TUMIMHOK paccMaT-
puBaeTcsd Kak npuMep GU3N0JI0ro-0MOXUMIIECKOMN
aJanTaluyu K OOMTaHUIO pPhIO B MeJjiarajiu, CIocoo-
CTByIOLIEH mx ycmemHoMy pocTty (MypsmHa, 2010;
Ilekxoena, 2018). ITonydyeHHBIE paHee pe3yIbTaThl O
3aKOHOMEPHOCTSIX pOCTa U CMEHE MUTAHUSI [0 Mepe
pazBuTUs Moaoau JjgenTtokiauHyca (IlekkoeBa u ap.,
2018; IlekkoeBa, 2018) CBUIETEIBCTBYIOT B IIOJIb3Y
TUIIOTE3bl 00 OCOOEHHOCTSIX (MYHKIIMOHWPOBAHUS
MOPCKOI 9KOCHUCTEMEBI B YCIIOBUSIX MOJISIPHOM HOYM.
HecmoTtps Ha crienudpudeckuii oToIepruo 3MMOi,
KOMITOHEHTBI 3KOCUCTEMbI aKTUBHO, COTJIACHO CE30-
HY, B3aMMOJEUCTBYIOT JPYTr C IPyroM, UTO- U 300-
IUTAHKTOH MPOIOJIKAIOT COCTABJISITH ONpPENeSICHHYIO
JIOJIIO B CTPYKTYpe MelarnuecKrx cooOI11ecTB, obecre-
yMBas NUIen nenarndeckux poeid (Berge et al., 2015).
PaHee cuuTanock, 4To B MOJISIPHYIO HOYb BHICOKOIIIM-
POTHBIE 3KOCUCTEMBI XapaKTepPU3YIOTCSI OTCYTCTBUEM
BBIPAXKEHHBIX MUTPALUii, CYTOYHBIX WIN eXeMecsd-
HBIX, B YaCTHOCTH Y 300IU1aHKTOHA (p. Calanus, Tipe-
MMYIIECTBEHHO), KOTOPBIM pacCMaTpUBaETCSI OCHOB-
HBIM KOMIIOHEHTOM ITMILEBHIX lierieii ApkTuku. Pe-
3yJIbTaThl HEAABHUX HAyYHBIX McclienoBaHuii (Berge

et al., 2015; Last et al., 2016), 1IEMOHCTPUPYIOT He-
OITPOBEPXKMMBIC TOKa3aTebCTBA amaIrTalidii, Mop-
donornueckux, MOBeIeHICCKIX, KaK Ha YPOBHE IT0-
MMyJISIIIAN, TaK ¥ Ha 3KocucteMHoM. [loka3aHo, 49TO,
BEepPTHUKAJIbHBIC MUTPAITMN 300TJIAHKTOHA M X MHTEH-
CHUBHOCTD SIBJISIIOTCSI KOMIIEHCAaTOPHOI peaklueil He
TOJIBKO Ha COJTHEUHOE U3JTyYeHUE JIETOM, HO U PeryJIf-
pytorcs dazamu JIyHBI U ee MOJOXEeHUEeM Haj ropu-
30HTOM — “JAVHHAA eepmukanvHas muepauus’/“lunar
vertical migration” (Last et al., 2016). BaussHre 1yHHO-
IO CBeTa B MOJISIPHYIO HOYb Ha CTPYKTYPY U (DYHKIIUO-
HUPOBaHUE MOPCKUX SKOCUCTEM UMEET ITyOOKO 3BO-
JIIOIIMOHHOE 3HAa4YeHWe, B Pe3yJibTaTe 4ero maxke B
3MMHEee BpeMsI OCYIIECTBIIAETCS IIepeHOC yIiiepoaa 1
OCYIIIECTBIISIETCST B3aMMOICHCTBHE B CUCTEME “XUIII-
HUK-XO035IMH” KaK BHYTPHU OTACIHLHBIX BOTHBIX CJIOCB,
TaK U MEXITy HUMM.

B nHacroseit pabote BriepBbie IPOBEIN CPaBHU-
TeJIbHOE MCCJIeJOBAaHNUE CYTOUHOM TUHAMWKU JTATIH -
JIOB U KUPHBIX KUCJIOT, a TaKXKe aKTUBHOCTU (ep-
MEHTOB 3HEPreTUYEeCKOro U YIJIeBOTHOro oOMeHa
(IMTOXPOM ¢ OKCUIA3bI, JIAKTATACTUAPOTeHA3bI, AJIb-
Joj1a3bl) y JENTOKJIuHYyca mnsiTHuctoro (Leptoclinus
maculatus, Fries, 1838) mocTaMOp1OHAJILHOIO TIEpU-
ona L2, L3, L4, L4* u L5 ctaguu pa3BUTUS U3 aKBa-
topun apx. Imunoepren (3anuB Konrc-drwopm) B
MOJISIPHYIO HOYb.

MATEPHAJIBI U METOIbI

COop mpo0 meaarm4eckKoil MOJIONWM U TOHHBIX
ocobeil JIEeMTOKJIMHYCA TISITHUCTOTO MPOBOAUIIMCH C
KCITOJIb30BAHUEM IT€JIATMYECKOTO U JIOHHOT'O TPaJIoB
Ha 6optry HUC “Xenbmep Xanccen” (R/V Helmer
Hanssen, the Arctic University of Norway, UiT) B siH-
Bape B akBaropuu 3aimBa Konrc-drop (78°57” ..
11°56” B.1.) B paMKax MeXIyHapoIHOro peiica Ma-
rine Night field campaign 2014. [Inst uccienoBaHus
CYTOUYHOU NWHAMUKU JUMUIHOTO TTpOoGUias MOJIOAU
B 3UMHUI neproa ObUTY MCCIEA0BAHBI MBIl MO-
JIOOU JIeNTOK/IMHYyca natHuctoro L2, L3, L4, L4* n
L5 crammii pa3zButus (puc. 1), a Takke JTUITMIHBIN
memok L3, L4, L4* ctanguii pa3BUTHS.

B nmosneBrIix ycnoBusx, Ha O0pTy CyaHa, KaK MOX-
HO OBICTpee mocje pa3dbopa ylIoBa U COPTUPOBKU
CTaguii MOJIOOH UCCIIEAYEeMOM PHIOLI TPOBOIMIIN U3-
BJIEYEHUE JIUTTMIHOTO MEIIKa U MbIIII. B ycioBusx
nabopaTopuu MpoBOAUIUN (PUKCALIMIO MPOO B XJIO-
podopm : Mmetanode (2 : 1, mo oobemy). /1o rpoBene-
HUSI 9KCTpaKUMU, UHAUBUAYaAJbHBIC TTPOOBI TKaHEei
XpaHWINUCh B cMecH xj10podopM : MeTaHoi (2 : 1, mo
00beMy) B CTEKJISHHBIX MPOOUpPKax Hajiexallero
obbema. O01IME JTUTTUABI SKCTparupoBaiu 1Mo MeTO-
ny @omua (Folch et al., 1957), 3areM KOHIIEHTPUPO-
BajJlM C TIOMOIIbIO POTOPHO-BaKYyMHOI YCTaHOBKU
Hei-VAP Advantage HL/G3 (Heidolph, Germany).
OHTOT'EHE3 Ne 2
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PazneneHue kiaccoB JUMMAOB MPOBOIWIN METO-
JIOM TOHKOCJIOIiHOI XxpomaTtorpaduy Ha TJIacTUHKax
“Merck” (“Merck”, I'epmanus). Bce anammusupye-
Mble TIpOObl HAHOCWJIM Ha TUIACTUHKY C TTOMOIIbIO
mmnpuia B oobeme 15 Mk (360 MKT Tunuma), B AByX—
TpeX TOBTOPHOCTSIX. PDpaKIIMOHUPOBAHUE OOIIUX
JIMITUIOB TTPOO MPOBOJIMNIMN SIIOUPOBAHUEM B CHUCTE-
M€ pacTBOpUTEJICIi: MeTPONeHBIN 2(pUPp—aAUITUIIO-
BBIN a¢pup—yKcycHas kuciaoTta (90 : 10 : 1 mo oobeMy)
B XpoMaTorpaduueckoili Kamepe Ipu KOMHATHOI
temrieparype (L tanb, 1965). 1151 KOIMYeCTBEHHOTO
omnpeneneHus: oomux gochonunuaon (PJI), Tpua-
mtrmunepuHoB (TAI), adupoB xonecrepuHa CO
ciieramMu BockoB (DXC + B) ucronb3oBaau TUapOK-
caMaTHBIM METO, TIPUHIIMIT KOTOPOTO 3aKJI04aeTCs
B 00pa30BaHUM TEMHO-KOPUYHEBBIX KOMIIJIEKCOB
MEXIY MOHAaMU TPEXBAJIEHTHOTO XeJjle3a U TUAPOKca-
MOBBIMHU KHUCJIOTaMU, KOTOpble 00pa3yloTcs Mpy B3a-
WUMOJCHCTBUU CIIOXXKHOI(UPHBIX CBSI3EH JUIUIOB C
ruapokcmwiamMudoM (Walsh et al., 1965; Cumopos
u ap., 1972). Hanee npoBoaAWIN U3MEPEHUE OTITUYE-
CKOM TUIOTHOCTM KaXXIOM MpoOBI Ha CIIEKTPOdOTO-
meTpe CP-2000 (OKbB “Cniexktp”, Poccust) mpu miu-
He BoJiIHBI 540 HM. KonunuyecTBeHHOe olpenesieHue
xonectepuHa (XC) mpoBomuin 1o merony ®. DH-
reavOpexTta (Engelbrecht et al., 1974) ¢ ncnonb3oBaHU-
€M TPUXJIOPYKCYCHOTO XeJie3a, paCTBOPEHHOTO B XJIOP-
HOIi KucioTe. HWHTEHCMBHOCTH 0O0Opa30BaBIIEICS
OKpacku u3Mepsii Ha criekrpodoromerpe CPD-2000
(OKB “Cnextp”, Poccust) rmpu ajimHe BOJIHBI 550 HM.

Jnag anHammsa XUpHOKMCIOTHOro cocrtaBa OJI
MPOBOAMJIM METaHOJM3 XUPHBIX KUcIoT (2KK) 00-
mux munuaoB (Hosak, 1978). Pasznenenue meTtuiio-
BeIX 3¢upoB KK mpoBomuim Ha ra3oBOM XpomaTo-
rpade “Kpucramn 5000.2” (3A0 “XPOMATOK?”,
HMomkap-Oia, Poccust) ¢ KanWUISIpHBIMA KOJTOHKA-
mu Zebron ZB-FFAP (Phenomenex, USA), ucnoJib-
3ys B Ka4eCTBE BHYTPEHHETO CTaHaapTa 0ereHOBYIO
kucaoty (22:0) (Sigma Aldrich, USA). O6paboTKy
XpOMAaToOrpaMM MPOBOIWINA C ITOMOIIBIO KOMITBIO-
TepHOI IIporpaMMhbl “XpomaTak AHaIMTHK (3A0
“XPOMATDK”, WNouikap-Omna, Poccust). B xaue-
CTBE CTaHIapTOB MeTUITOBBIX 31poB KK 1crnonn3o-
BaHbl Habopsl Supelco 37 Component FAME Mix,
Bacterial acid methyl ester (BAME) mix, PUFA No. 1
(Supelco, USA).

Jnag  wmccnegoBaHUST AaKTUBHOCTU  (DEepMEHTOB
SHEPreTUYECKOro 1 yriaeBoaHOro ooMeHa MoJIOIU B
3MMHUI TIeproj ObUIK UCCIEN0BAHbI MBIl MOJIO-
1 JenTokjauHyca natHuctoro L2, L3, L4, L4*u L5
cTaauit pa3BUTUs. TKaHb PHIObI XpaHWIKChH A0 aHa-
ym3a npu Temneparype —80°C. AKTMBHOCTh ILIMTO-
xpoM ¢ okcuaasbl (11O, K® 1.9.3.1.) onpenensii 1o
metony JI. Cmuta (Smith, 1995) usmepsist yBenuue-
HY€ KOJIMYeCTBa OKMCIEHHOTO IuToxpoma ¢. O011y1o
aKTUBHOCTbH JakrtataeruaporeHassl (JIIAI, 1.1.1.27)
OIpeNesisuIv, U3MEPSIsl KOJIMYeCTBa BOCCTAHOBJIEHHbBIX
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HAD* u HAI®D™ no obmenpunsaToii Metoauke (Koue-
TOB, 1980). AKTBHOCTB asTbiona3el (KP 4.1.2.13) onpe-
et o Metoanke Beck B Mommdpmkamm AHaHbpeBa 1
Oo6yxoBoit (Kon6, KambimHukoB, 1976). AKTUBHOCTH
(epMeHTOB BBIpaskali B MKMOJIb/MITH/T TKaHM!.

CraTuCTUYECKMI aHAJIN3 MMOJYYSHHBIX pe3ysibTa-
TOB ITPOM3BOIMIIN C TTOMOIIbIO KpuTepus Kpackema—
Yonnnca ¢ mociaenyiomnmM CpaBHEHUEM BBIOOPOK C
WCIIOJb30BaHWEM KpuTepusa MaHnHa—YutHu. Paznu-
YMsl CYUTAJIN TOCTOBEepHBIMMU I1pH p < 0.05.

WUccnenpoBaHusi BBITIOJIHEHBI Ha 0a3e J1abopaTo-
PUM DKOJOTUYECKON OMOXUMUM C MCIIOJIb30BaHUEM
obopynoBaHus LleHTpa KOJUIEKTMBHOTO TOJIb30Ba-
Husg DenepaibHOTO MCCIIEAOBATEIBCKOTO IIEHTpa
“Kapenbckmii HaydHbIN LIeHTp Poccuiickoii akane-
MUM HayK”.

PE3VJIbTATHI
Lunamura aunudoe u JHCUPHbIX KUCAOM

Uccnenosana nuunamuka tununoB U ux KK-kom-
IMOHEHTOB Y Pa3HOBO3pacTHO MoJionu Leptoclinus
maculatus, odutatoleii B 3anuBe KoHrc-¢hbopa B OTBET
Ha CYTOUHBI LMKIJI (“IHEBHOI” Tpal W “HOYHOI”
TpaJj) B MOJISIPHYIO HOUb 3UMOIA (STHBaphb) (Tadd. 1—4).

He ycTaHoBieHO M3MEHEHUI B cCoAepXaHUM JIV-
maoB 1 2KK B MbIIIIaX ¥ TUIMIHOM MEIIKe Haubo-
Jiee afaliTUPOBAHHON K OOUTAHUIO B MeJarndecKoid
cpene Mojoau L3 cranuy pa3BUTHS B OTBET HAa CYTOU-
HBI IIUKJ B MOJISIPHYIO HOYb 3UMOM (Taba. 1—4).
I1pu sToMm, ajs egarndeckoi Mmoiaoau L2 ctanuu u
nepexogHoit L4 ctanuu rmokazaHo JOCTOBEPHOE CHU-
KeHNEe MUHOPHOTO Kjacca dHEePreTMYECKUX JIUITU-
n1oB DXC 1 BOCKOB, a TaK3K€ CTPYKTYPHBIX JTUUIOB B
dopme XC (Tabi. 1) B HOYHBIE Yachl IO CPABHEHMUIO C
TaKOBBIM B JIHEBHBIC 4Yachl cOopa mpodb. ITokazaHo,
yTO B MbIlax Mojonu L2, L3, L4* u L5 cragnii pa3-
putnus KK-coctaB OJI B oTBeT Ha CYTOYHBIN ITUKI
JIOCTOBEPHO He M3MeHsuIcsl. OMHAaKO, B MBILIIAX MO-
JIOOW JIENTOKIWHYCA NMSITHUCTOTO L4 cTaguu mpowuc-
XOIUT CHIKeHUe comepkanust DJI u cylecTBeHHOE
nosbieHre TAT oT “gHeBHBIX” K “HOYHBIM” yacaM
B 3uMHuit nepuon (7.8, 6.5 1 4.5u 8.0% cyxoii Macchl,
COOTBETCTBEHHO) (Tabiy. 1), a Takke CHMXKEHHE CO-
nepxanusa [THKK (3a cuer HezaMeHUMOI TOKO3areK-
caeHoBoI1, 22:6(n-3), 2KK). Conepxkanne MHXKK 3a
cuet 20:1(n-9) KK, umerouieii muiieBoe Mpouc-
XOXJIEeHUE, B MBIIILax Mouoau L4 craguu pa3BuTHUS
OBLITIO BBIIIIE B HOUHOI BpeMsl IO CPAaBHEHUIO C TaKO-
BBIM B JHEBHOe BpeMst cbopa 1pob (38.86 u 13.96
poTuB 46.52 1 17.11% cymmbl ZKK cOOTBETCTBEHHO)
(Tabn. 3).
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Taomuua 1. Conepskanue TUUIoB (% cyXxoif Macchbl) B MBIIIIIIAX MOJIOAM JISNTOKJIMHYCA MATHUCTOTO Leptoclinus macu-
latus (Fries, 1838), BBUIOBJIEHHOTO B pa3HOE BpeMs CYTOK B akBatopuu apx. llInuibeprex (3anuB KoHrc-gropa) B 3uM-

HU epuoj (SIHBapb)

Crama L2 L3 L4 La* LS
pasBUTUA
Bpewmst 3amycka
JeHb HOYb JeHb HOYb JeHb HOYb JeHb HOYb JeHb HOYb
Tpajia
Komn-Bo 1po6 15 20 20 15 15 6 6 8 9

O6rue simmuast (13.7 £0.6 [14.6 £0.7 (14.9+£0.9[13.0£0.5{16.0£0.7 [ 17.9£0.9 {244+ 0.8 |21.3+ 1.3 |20.3+3.4|22.3+2.3
dochpomumunpr | 7.6 03| 82+04| 74£05| 7.0+04| 7.8£0.3| 6.5+x04" 5.7£05]| 64+£04| 43+03| 49£0.3
Tpuanmnrmume- | 29+04 | 3.2£06| 26+03| 2.1+£02| 45+06| 8.0+1.0" 144+ 1.1 [11.2+14|13.3+£3.5[13.5+2.1
PUHBI
Ddupsl xonecre-| 1.5+0.1| 0.9+0.1% 1.1£02| 0.7+0.5| 1.3£0.1| 1.2%+0.1| 26%+0.3| 1.3£04" 09+0.2| 1.5+0.3"
puHa + Bocka
XoJecTeprH 1.8+0.2| 23+0.1" 3.8x0.2| 32%x0.3| 24+£03| 22*+0.2| 1.7£0.2| 24%+0.2" 1.7£09| 2.5%0.3

IMpumeuanue. ~ ConmepkaHre JOCTOBEPHO OTIMYAETCSI OT TAKOBOTO B MBIIIIIIAX y PHIO, BEUIOBIECHHBIX THeM (p < 0.05).

Taomuua 2. ConeprkaHue TUMTUIHBIX KOMITOHEHTOB (% CyXoil Macchl) B JIMITUIHOM MEITKe MOJIOIY JIEMTOKJIMHYCA TISIT-
Hucroro Leptoclinus maculatus (Fries, 1838), BbUJIOBJIEHHOTIO B pa3HOe BpeMsI CYTOK B akBaTopuu apX. LlInundepreH (3a-
B KoHrc-oropa) B 3uMHMI nepuo (STHBaph)

Craguu pa3BUTUS L3 L4 L4*
Bpems 3amycka Tpaiia IIEHb HOYb JIEHb HOYb IEHb HOYb

Ko:-Bo nmpo6 6 15 3 4 5 2
OOG1IMe JTUTTUIBI 909+ 150 | 75.0*5.6 84.1 £3.2 85.1+2.8 91.9 £ 1.1 93.4 £ 1.1
Dochomunuast 0.8+0.5 1.4+0.9 17.0 £ 8.7 10.2£5.9 254 +5.7 45.0+0.2
TpualMITIALIePUHBI 81.5+ 1.9 67.7115.1 | 49.7£4.2 59.3+8.0" | 61.7+£6.5 42.1%£0.0
Ddupsl xonectepuna + Bocka| 4.4+ 1.0 1.9+2.6 6.1+13 43+t 1.7 0 0
XosecTepuH 43+04 41104 11.2 £ 1.9 11.4£2.2 41+£13 44+0.1

Hpnmeqaﬂue. ~ Conepmaﬂme JOCTOBECPHO OTJIMYACTCA OT TAKOBOI'O B JIMIIMAHOM MCUIKE JICMITOK/JIMHYCA, BBIJIOBJICHHOIO ITHEM

(p <0.05).

Axmuenocms ghepmenmos snepeemuueckozo
U yeneeo0Ho20 0bmeHa

VYcTaHOB/IGHBI pa3InyMs B aKTUBHOCTU (DepMEH-
TOB Y JICNTOKJIMHYCA Pa3HbIX CTAAWil pa3BUTUS. AK-
tuBHOCTL 11O y monmomu L2—14 crammii pa3BUTHUS
yMEHBIIIaeTcs, a Ha ctanusax L4*—L5 yBenuauBaeTtcs.
IToka3aHo, 4TO BHE 3aBUCUMOCTHU OT BPEMEHU CYTOK
akTuBHOCTh JIJII" yBetmumBaeTcst 1 Hanbosee BBICO-
Kasl y MOJIOIM CTApIINX BO3PaCcTHBIX IpyHIl (puc. 2).

CpaBHUTEJbHBIN aHAIU3 aKTUBHOCTU (PEPMEHTOB
Yy IISITHUCTOTO JIETITOKJIMHYCAa cTaguii pa3BuTtus L2,
L3, L4 B HOYHOE U THEBHOE BpeMsl ITOKA3BIBAET, YTO
aKTUBHOCTH (hepMEHTOB yTJieBogHOTO oomeHa JIJIT u
aJIbI0J1a3bl BEILIIE B HOUHOE BpeMs Ha ctagnu L3 u L4
(puc. 2). Ha cranuu L3 aktuBHOCTH 11O Tak Xxe BbIilIe
B HOUHOE BpeMs (puc. 2).

OBCYXIEHUNE

CrabMIbHOCTh MOKa3aTellell TUIMMAHOIO cTaTyca
MBI Y JIATTMAHOIO MelKa MoJionu 1.3 cragum B oT-
BET Ha CYyTOYHBIC (PIYKTYalIlMK 9KOJIOTHISCKUX YCIIO-
BUit (0COOEHHO Ka4YeCTBEHHOTO 1 KOJMYECTBEHHOTO
COCTaBa KOPMOBBIX OOBEKTOB) yKa3bIBa€T Ha BBHICO-
KYI0 YCTOMUMBOCTh JAHHOI MOJIOJY U €€ agarTUupoO-
BaHHOCTb K yCJIOBUAM nejarvanu. Hanbonbimas qu-
HaMMKa JIMIIUAOB IT0Ka3aHa 1ist Mojioau L. maculatus
L4 cranguu pa3BuTusi, BeOyllei MepexomaHblii oopa3
>KU3HU, KOTOpas CBsI3aHa, CKOpee BCEero, C yCUIECHU-
eM (pyHKIIMOHAJILHOM HAarpy3Ky Ha MBIl (CHUKE-
Hue PJI), BEI3BAHHOM, BEPOSITHO, CYTOYHBIMU BEp-
TUKAJIbHBIMY MUTPALIMSIMUA MOJIOAU B OIIpEIeICHHOM
Jraria3oHe TIIyOUH, CBSI3aHHOM C IMUTaHUEM U IIOKC-
KOM KOPMOBBIX 00BEKTOB B HOYHOE BpeM:I (yBeIrmde-
Hue copepxanus TAI). B monb3y mJaHHOTO IIpeaIio-
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Taoauua 4. JKupHOKUCITOTHBIN criekKTp (% cymMmbl 2KK) TUMMIHOrO MeIIKa MOJIOAV JIENTOKJINHYCa MATHUCTOTO Lepto-
clinus maculatus (Fries, 1838), BBUIOBIEHHOTO B pa3HOe BpeMsl CyTOK B akBaTopu apx. LlImuuoepren (Konrc-dropm) B
3uMHuii iepuon. O6o3HaueHus: HXAKK — HacblieHHbIe XUpHBIE KUcI0Thl, MH2KK — MOHOHEHAaCHIIIIEHHbIE XKUPHBIE
kucaotel, [THXKK — nonuHeHachilieHHbIE XKUPHbIE KUCTOTBI

Craguu pa3BUTHUS L3 L4*
Bpewst sanycka TIeHb HOYb TIeHb HOYb JIeHb HOYb
Tpasia
Koi-Bo mpo6 6 15 3 4 5 2
14:0 6.37 £ 0.29 5.85+0.12 6.76 £ 0.75 6.29 £ 0.50 5.66 £ 0.17 6.26 £ 0.05*
16:0 6.87 £ 0.26 6.86 = 0.14 7.15 £ 0.28 6.93 £ 0.51 6.54 £ 0.15 7.31 £ 0.15*
18:0 0.70 £ 0.03 0.73+£0.02 0.75£0.08 0.75 £ 0.04 0.67 £0.02 0.82 = 0.02*
YHXK 15.39 £ 0.59 14.84 + 0.27 15.99 £ 0.79 15.50 £0.99 14.10 £ 0.39 15.87 £ 0.08*
16:1(n-7) 6.12 +0.33 5.951£0.33 6.0 £0.95 6.29 +0.35 7.04 £0.09 6.56 + 0.69
18:1(n-9) 4.88 £ 0.14 4.92 £ 0.07 4.55+0.08 4.37 £0.35 3.98 £0.04 4.39 £ 0.06*
18:1(n-7) 1.17 £ 0.04 1.24 £ 0.03 1.11 £ 0.06 1.15£0.06 1.26 £0.009 1.28 £ 0.09
18:1(n-5) 0.21 £0.01 0.22 £ 0.01 0.23 £0.04 0.22 £0.02 0.23 £ 0.01 0.28 £ 0.003
20:1(n-9) 26.67 = 0.54 27.17 £ 0.54 27.12 £ 0.27 27.55+0.57 28.18 £ 0.40 30.17 £ 0.74
22:1(n-11) 25.22 + 1.30 25.69 *+ 0.66 28.01 £ 1.25 27.11 £0.76 26.91 £0.76 28.71 £ 1.15
22:1(n-9) 2.17 £ 0.16 2.18 £ 0.11 2.45 +0.21 2.40 £ 0.05 2.47 +0.17 2.69 +£0.13
YMHXK 67.62 + 1.50 68.48 = 0.59 70.82 + 0.61 70.46 = 0.69 71.63 = 1.33 75.55 £0.32*
18:2(n-6) 2.14£0.04 2.13 £ 0.07 1.93 £ 0.22 1.75 £ 0.12 1.63 £ 0.09 1.56 £ 0.12
20:4(n-6) 0.11 £ 0.03 0.10 £ 0.01 0.09 £ 0.00 0.07 £ 0.01 0.07 £ 0.01 0.03 £ 0.002*
Y (n-6) ITHXKK 3.11 £0.28 2.89 £ 0.10 2.76 £ 0.24 2.54+0.13 2,42 £0.13 2.16 £ 0.14
18:3(n-3) 1.24 £ 0.04 1.18 £ 0.05 0.98 £0.14 0.90 +£ 0.08 0.75+£0.07 0.54 +£0.03*
20:5(n-3) 2.61 £0.13 2.84+0.14 1.55+0.28 1.96 + 0.38 2.15+0.42 0.78 £ 0.00*
22:5(n-3) 0.38 £0.02 0.38 £0.01 0.30 £ 0.07 0.38 = 0.09 0.42 +£0.07 0.18 £ 0.05*
22:6(n-3) 3.05+0.13 3.34+0.17 2.36 £0.39 2.59 £0.32 2.60 = 0.41 1.18 + 0.09*
¥ (n-3) ITHXXK 12.17 £ 0.49 12.35£0.33 8.98 + 1.29 9.94 + 1.48 10.28 £ 1.51 5.11 £ 0.28*
YITHXK 16.99 £+ 0.96 16.69 £ 0.42 13.19 =+ 1.38 14.04 = 1.62 14.27 £+ 1.67 8.58 £ 0.40*
16:0/18:1(n-9) 1.41 £ 0.02 1.40 =+ 0.02 1.57 £ 0.06 1.59 =+ 0.05 1.64 = 0.03 1.66 £ 0.01
¥22:1/320:1 1.01 £ 0.00 1.05 £ 0.03 1.11 £ 0.06 1.06 = 0.04 1.03 £ 0.02 1.03 £ 0.07

IMpumeuanue. * ConepxaHue foctoBepHO (p < 0.05) oTiMyaeTcst OT TAKOBOTO B IUIMTUAHOM MEIIKE Y PbIO, BBUIOBJIEHHBIX JTHEM.

noxeHus (006 yBeamdyeHMM (QYHKIIMOHAJIBHOII Ha-
TPY3KM MEIIIIl B HOYHOE BpeMs) YyKa3bIBaeT U
cHmkeHre ypoBHs [TH2XKK, 3a cuer 22:6(n-3) XK,
BapuallMd KOTOPOTO, B TOM UYMCJie, CBSI3aHBI C TMOJI-
Jlep>KaHUeM MeTaboINUYeCKUX MPOLIECCOB IBUTATEb-
Hoit aktuBHOCTHU. IIpm stom ypoBeHb MHXKK, 3a
cueT 20:1(n-9), cuHTe3UpyeMoii de novo Komemnoaa-
MU, Bo3pacTajl B MbIIIIax Mononu L4 cramuy nmeH-
HO B HouHOe BpeMs (38.86 u 13.96 mpotus 46.52 u
17.11% cymmbl KK coorBeTcTBeHHO). M3BEeCTHO, UTO
3HAYUTEJIbHYIO I0JIIO B CIIEKTPE KOPMOBBIX OObEKTOB
y Mosioau L4 ctanuu pa3BUTHS COCTABIISIIOT KOMETO-
bl (ITekkoeBa u np., 2017a). Kpome Toro, corinacHo
MOCJIEMHUM HCCJIeIOBAaHUSIM OCOOCHHOCTEN (yHK-
UOHMPOBAHUS ApPKTUYECKOW OMOTBI B YCIIOBMSX
crreunguyeckoro (oTorneprona, MoKa3aHbl CyTOY-

HbIE BEPTUKAJIIbHBbIE MUTPALIMU 300IUIAHKTOHA B OT-
BeT Ha WHTEHCHBHOCTbH JIYHHOTO CBeTa, KOTOpPBIC
MMEIOT KOHCEpPBaTUBHBIN XapaKTep W 3aTparuBaloT
GYHKIIMOHAIBHBIE TIPOLIECCH B MOPCKUX 9KOCHUCTE-
MaX BO BCEM apKTUYECKOM IOMeHe, c(opMupoBa-
JINCh B XOJAE amanTallMy XKUBOTHBIX K OOMTaHUIO B
YCIIOBUSIX crienmdudeckoro ¢goronepmona B ApKTH-
ke (Last et al., 2016). O6HapykKeHO, YTO B MOJSIPHYIO
HOYb, B HOYHBIC YacChl 300IJTAHKTOH OITyCKaeTCsT Ha
m1youHy okoJjio 50 M, u3berast JyHHOTO CBeTa, a B
JIHEBHbIEC YaChl CHOBA MTOJHMUMAETCS, BO3BpAIIACTCS B
3ony snunenaruanu (Last et al., 2016). Kpome Toro,
HaMHM TT0Ka3aHO, YTO B 3UMHee BpeMs B Iejarude-
CKOM CJIO€ BOIBI MOTYT HAXOIUTHCS KOTIETIOMUTHI BEC-
JIOHOTHX PAadyKOB, KOTOpBIE HE YXOIST B COCTOSTHHE
manay3bl BBUAY HeEIOCTaTKa HYKHOTO KOJIMYECTBa
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Puc. 2. AktuBHocTtb epmerToB L1O (a), JIAT (6), anbronassl (B) (MKMOJb/MUH/T) B MBILILIAX TIITHUCTOTO JICNTOKJIMHYCA pa3-
HBIX CTaW Pa3BUTHS B JHEBHOE M HOYHOE BPeMS. 2 — pas3nuums JOCTOBEPHEI B CPABHEHUM CO cTanMeil L2 B COOTBETCTBUM C

BpeMeHeM cyToK (p < 0.05),

pa3INyuMsi TOCTOBEPHBI B CPABHEHUM CO CTaaueit L4 B COOTBETCTBUM C BpEMEHEM CYTOK,

— pa3iniudgd JOCTOBEPHBLI B CPAaBHEHUU CO cranueir L3 B cOOTBETCTBUY C BPEMEHEM CYTOK, ¢

— pasyInyuusi JOCTOBEPHBI B CpaBHE-

HMU CO CTaguen L4*, *— pa3iniyuda 10CTOBEPHBI B CPABHCHNWU CO 3BHAYCHUAMMU, IMTOJIYYEHHBIMU B JTHEBHOC BPECMAI.

JINTIAIOB B WX JIMTTUIHOM MEITKe, TaKHe KOITETIOIbI
MOTYT IpononKaTh muTathes (Hemosa u np., 2014).

OrcyrcTBUe pasauuuii mo coaepxkaHuio 2KK B OJ1
mbin mojionu L2, L3, L4* u L5 craguii pa3Butus B
OTBET HA CYTOYHBII IIMKJI CBUAETEILCTBYET 00 amari-
TUPOBAHHOCTA MOJOAU K XU3HEAESATSIbHOCTH Ha
ornpeaesIeHHOM TiyOuHe, KOTOPYIO Ha COOTBETCTBY-
IOIIIEM 3Tarle pa3BUTHUSI HaCelIsIeT MOJIOAb JICTITOKIIM-
Hyca. [Ipu 3ToM cyrouHas TMHAMMWKA OTIACIbHBIX JI1-
nuaHbIX Kj1accoB U 2KK oOIIMX JUMUAOB MBIIIL, MO-
nogu L4 cragnu yka3sIBaeT Ha MX TIEPEXOIHBIN 00pas3
KM3HM, KOTOPBIN 00€CIIeYBAETCSI BBICOKMM TEMIIOM
Ne 2 2020

OHTOI'EHE3  Ttom 51

JUTIMIHOTO MeTabonm3Ma. MHamkaTtopaMud 3TOTO
npouecca sBisieTcsa naMmeHeHue TAI 1 HEKOTOPBIX
KK nuiieBoro mpomcxoxXiaeHUsl, KOTopble obecrne-
YMBaIOT ToAAepKaHWe IulaBaTeJIbHOM (YHKIUUN
MBIIIII MOJIOIY B TE€UYEHHE CYTOK, a TAKKE CBUICTEIIb-
CTBYIOT 00 X aKTUBHOCTH, CBSI3aHHOI, II0-BUAUMO-
MY, C BEpTUKAJIbHBIMU MUTPALUAMU.

B nmonp3y pasnmunii 1BUTATeIbHOM aKTUBHOCTH Y
HMCCIEAOBAaHHOM MOJIONM JIETITOKIMHYCA CBUIETEIIb-
CTByeT AMHAMUKa aKTUBHOCTU (hepMEHTOB DHepre-
TUYECKOTO U yIiieBoaHoro ooMeHa. Ha panHux cra-
musix pa3sutus (L2) Moaoau ypoBeHb a3pOOHOIO 00-
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MEHa, oIIpeeasieMoro no aktTuBHocTH 11O, BeIIIe 110
CpaBHEHUIO C TAaKOBBIM Y pbi0 L3 1 L4 cTtaguii pa3Bu-
THsI. YBeJIMYEeHME YPOBHS a3pOOHOro ooMeHa y pbio
L5 cramuu pa3BuTHsI MOXET OBITh CBSI3aHO C IIEPEX0-
JIOM Ha ipyrue OObeKThbl MUTAaHUS MTPU MIEPEMELIIEHUN
B TOJIILIE BOJKI (C TIejaruanu Ko aHy). [1pu aTom 1mpo-
JIEMOHCTPMPOBAHO, UYTO BHE 3aBUCUMOCTH OT BpeMe-
HU cyTOK akTuBHOCTb JIJII" yBe1rumBaeTcst 1 Haubo-
Jiee BBICOKAs Y pbIO CTaplIMX BO3PACTHBIX IPyIIN. DTO
YKa3bIBaeT Ha TO, YTO YPOBEHb aHA?POOHOTO OOMEeHa
U WCIIOJIb30BaHWE YIJIEBOJOB B IJIMKOJIU3E YBEIUYM-
BaeTCs y phIO C BO3PacTOM, YTO CBSI3HO C IOBBIIICH-
HBIMU MOTPEOHOCTSIMUA B SHEPTUU IJIsI OCYIIECTBIIC-
HUSI aKTUBHOCTHU Yy OoJiee KpyHHBIX pbi0o. CornacHo
pe3yabTaTaM HCCJIeIOBaHMUI, NMPOBEICHHBIX Ha aT-
nmantuyeckoit Tpecke (Couture et al., 1998; Koedijk
et al., 2010), momonu caiinel (Mathers et al., 1992),
nsTHUCTOM 3y6aTtke (Imsland et al., 2006), pamy>kHoit
dopenu (Hypona u np., 2010) u manbkax jococs (Yy-
poBa u 1p., 2015), aktuBHocTh JIJII' B MbIIIIIIaX OJIBIX
pBIO TIOJIOXKUTEIBHO KOPPEIUPYET C MX Maccoul u
JIUTMHO Tesa, a TakKe ¢ TEMITOM HUX pOCTa.

OTHOCI/ITCJ'[I)HO CyTO‘{HOﬁ OIUHAMHUKU aKTUBHOCTU
¢depMeHTOB OOHAPYKEHO, YTO YPOBEHb aKTUBHOCTU
depmeHTOB yriieBogHoro oomeHa JIJII' 1 anpgosassl
y pei6 L3 u L4 cramuii Beillle B HOYHOE BpeMsl, 4TO
YKa3bIBacT Ha YBEJIMYCHUE YPOBHS aHA3POOHOIO 00-
MEHa B JaHHBIA IEpHOM CYTOK, CBSI3aHHOE C MHUIIEe-
BOIi aKTUBHOCTHIO. Ha ctanguu L3 Bo3pactaHue aHas-
pOOHOTO 0OMEHA B HOYHOE BPeMsI CYyTOK IIPOMCXOOUT
Hapsmy ¢ a3poOHBIM. TakmuMm 00pa3oM, ITOBBIIIICHNIE
YPOBHSI UCIIOJIb30BAaHUSI YIJIEBOJIOB y OCO0E Ha cTa-
muu L3 ¢cBsI3aHO ¢ MX pacxogoM B IIpolieccax a’poo-
HOro u aHaspobHoro cuHte3a AT®. Cnenyer oTrMme-
TUTb, YTO pa3anuus mo aktusHoctu JIJII' 1 anbpmona-
3bl OoJiee BhIpaKeHbl y ocobeit Ha ctanuu L4 (B 3 u
2 pa3a COOTBETCTBEHHO), YTO COTJIaCyeTCsl C JaHHBI-
MU JTATIMAHOIO aHaI3a U BRIACIISIET 3Ty CTaaUuIO Cpe-
IV IPYTUX II0 SHEPreTUYEeCKOMY CTaTyCy.

PaHee GbU10 TTOKA3aHO, YTO aKTUBHOCTh HEKOTOPBIX
¢depMEeHTOB Pa3INJYaeTCsl Y PhI0 pPa3sHBIX 3KOJIOTMYE-
CKUX TPYIII IT0 MECTOOOUTAHUIO — MeTarndecKuX, ae-
MepCallbHBIX WIN TIyOOKOBOMHBIX, YTO CBSI3BIBAIOT C
PA3INYUSIMU B IOKOMOTOPHOI aKTUBHOCTU U YPOBHEM
aspobHoro oomeHa (Sullivan, Somero, 1980; Somero,
Childress, 1990; Drazen, Seibel, 2007). Bboaee Toro
YCTAaHOBJICHO, YTO 00pa3 XXU3HU OmpeneiisieT CKO-
POCTb HEPreTUYEeCKOro ooMeHa, ero Bo3pacTaHue B
pSioy OT MEIJIEHHO TLIaBalOIIUX PhIO M0 mejlaruye-
CKUX, CTAUHBIX U aKTUBHBIX pbIO: Pleuronectes pla-
tessa — Gryptocephalus cynoglossus — Anarhichas lu-
pus — Gadus morhua. TeM caMbIM, BBICOKHE DHEpre-
TUYECKUE 3aTpaThl Y aKTUBHBIX PbIO, OOYCIIOBIIEHHbIE
SKOJIOTMYECKUMU OCOOEHHOCTSIMU OOWTAHUSI BUIA,
SKOJIOTMYECKUE OCOOEHHOCTY OOUTAaHUS BUIA, CBSI3a-
HBI C BBICOKOI CKOPOCTBIO DHEPreTUYeCKOTo ooMe-
Ha (Bunbepr, 1976; Kapamymko, 2007).

Takum obpazoM, ooHapyxeHHas nuHamuka OJI u
WX JIMITUIHBIX KJIACCOB B MBIILIIAX MOJIOAU AEMOH-
CTPUPYET UX BaXXHYIO POJIb B pa3BUTHMU MeTaboIMye-
CKMX ajarTaiuii, COOTBETCTBYIOIIMX CTalIUu pa3BU-
TUS1, @ TAKXKE KOCBEHHO CBUIETEJILCTBYET O T€HETHUYE-
CKOW JIeTEpMUHUPOBAHHOCTA MOJIONM B OTBET Ha
CYTOYHBIN LIMKJI (HOYHOE U JHEBHOE BPEMsI), COIPSI-
>KEHHOM ¢ 0COOEHHOCTIMM (PYHKIIMOHUPOBAHUS OMO-
Thl U TPODUUECKUMU B3aMMOJECHCTBUSIMU Y MOJIOIUN
JIENTOKJIMHYCA B YCJIOBUSIX TOJISIPHOM HOYU 3MMOIA.
AnanTuBHbBIE U3MEHEHUS JIMTTUIOB 3aTPAarnuBaroT TeJia-
TMYECKYIO CTaauI0 pa3BuUTUs 1.2, a K repexoaHoii cTa-
nuu L4 5Ty paznuuust y>ke YeTKO BbIPaKeHbI. Y CTAaHOB-
JIEeHHbIE Pa3inuusl B aKTUBHOCTU (PEPMEHTOB dHEpre-
TUYECKOro oOMeHa B JHEBHOE W HOYHOE BpeMs
CBSI3aHbl C JUHAMUKON TUIIEBOM aKTUBHOCTU. DTO
CBUJIETEJILCTBYET O TOM, UTO, MOCTENIEHHBII EPEXO]T
C DHAOTEHHOro TUIAa MUTAHUS Ha YK30T€HHbIN, U
cMeHa obpasa XKM3HU MOJIOAU JENTOKJIMHYCa COIPO-
BOXKIIAIOTCSI HA4aJIOM €€ aKTUBHOTO B3aMOJIeACTBUSI
CO cpenoit o0uTaHusI, B YaCTHOCTH, C POPMUPOBAHU-
€M CYTOUYHBIX PUTMOB B OOMEHE BEIIECTB, CBSI3aHHBIX
CO CBETOBBIM PEXMMOM, MTUTAHUEM U TBUTATEIILHON
aKTUBHOCTBIO. YcTaHOBIeHO, yTo KK-crekrp Ha-
MPSIMYIO OTpaXkaeT BO3pACTHBIE U CE30HHbIE OCOOEH-
HOCTU MUTAHUS MOJIOAM JENTOKJIMHYCA NSITHUCTOTO.
CyTouHasi AMHaAMUKa JIMIMUIHBIX KOMITOHEHTOB U
pas3nuyus B aKTUBHOCTU (PEPMEHTOB aHA’PPOOHOTO
oOMeHa MOTYT paccMaTpuBaTbCs KakK OJAWH U3 MeXa-
HU3MOB T'€HETUYECKU JETEPMUHUPOBAHHON OHTOTE-
HETUYECKOU M SKOJIOTMYECKM OPUECHTHUPOBAHHOM
(EHOTUITMYECKOM Pa3HOKAYECTBEHHOCTU XXWU3HEH-
HOIi cTpaTeruy BUIa, HanpaBJIeHHOU Ha Toaep>ka-
HUE €ro CYIIECTBOBAHUS B KOHKPETHBIX YCIOBUSIX
Cpeabl U afanTaliio K HUM Ha pa3HbIX YPOBHSIX opra-
HU3alUU KUBOTO.

BIIATOJAPHOCTH

CoOop matepuaa B akBatopuu apxurneinara Ilnuibep-
TeH MPOBEACH MpPU COACHCTBUU APKTUYECKOTO YHUBEPCHU-
teta Hopserum (UiT, Tpomce, Hopserus), MexmyHapon-
HOTO YHUMBEpPCHUTETCKOro IleHTpa apx. LlInuubepren
(UNIS, Jlonruup, HopBerust) u mpu y4acTuu crieliaiv-
CTOB B 00JIaCTU MXTUOJIOTUU U TUAPOOUOJOTUU — TIPOD.
Hoprena bepre, npod. One Moprena JIeHHe, KOTOPBIM
aBTOPbI BhIpAXKaIOT TTyOoYaiilnylo 6J1arogapHOCTh 3a MO/ -
JIEPKKY U OpraHn3a1InIo TTOJIeBbIX paboT.
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Daily Dynamics of Lipids and Fatty Acids and the Activity of Enzymes
of the Energy and Carbohydrate Metabolism in Young Fish
of the Daubed Shanny Leptoclinus maculatus (Fries, 1838)
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For the first time, a comparative study of the daily dynamics of the lipid and fatty acid profile, the level of
energy metabolism in young fish of the daubed shanny (L2, L3, L4, L4*, L5 stages of development, which
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are the links of the pelagic (L2, L3, L4) and benthic (L4, L4*, L5) food webs in the Kongs-fjord Bay was car-
ried out at polar night. The daily dynamics of lipid components and the activity of anaerobic metabolism en-
zymes can be considered as one of the mechanisms of genetically determined ontogenetic and ecologically
oriented phenotypic heterogeneity the life strategy of the species, aimed at maintaining its existence in spe-
cific environmental conditions and adapting to them at different levels of biological life organization.

Keywords: fishes, ontogenesis, biochemical adaptations, circadian rhythms, lipids, fatty acids, energetic me-
tabolism, Arctic
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ITPABIJIA U1 ABTOPOB

XKypnan “OntoreHe3” IIyOJIMKYyeT 3KCIIEPUMEH-
TaJIbHbIE, TEOPETUYECKNUE U OO30pHBIE CTaTbU, IMO-
CBSIILIEHHBIE UCCJIENOBAHUI0O MEXaHU3MOB WHIWBU-
JlyaJlbHOTO pa3BUTHS, OTU(hEPEeHIIMPOBKA U POCTa.
Oco060e BHUMaHME YAESIeTCs UCCIeNOBAaHUSIM MeXa-
HU3MOB 3MOPUOHAJIBHOTO U MOCTAMOPUOHAIBLHOTO
pPa3BUTUS B HOPME U MTPU MaTOJOTUM, BBITTIOJHEHHBIM
Ha MOJIEKYJISIPHOM, KJIETOYHOM, TKAaHEBOM M opra-
HU3MEHHOM YPOBHSIX.

Kypnan “OHtoreHe3” BBIIYCKAaeTCsS Ha PYCCKOM
SI3BIKE 1 OMHOBPEMEHHO Ha aHTJIMIICKOM SI3bIKE IO/, Ha-
3paHueM “Russian Journal of Developmental Biology” —
NzpatensctBamu OO0 “UKI “AKAIEMKHHUT'A”
(http://sciencejournals.ru/) u Pleades Publishing, Inc.
(http://pleiades.online).

XKypnan OHToreHe3 OB OCHOBAaH KaK KypHal,
MPUHUMAIOIIMIA K ITeYaTH CTaThbU HAa PYCCKOM SI3BIKE.
OJHaKO peJaKIIMOHHAS KOJLIETHS ITIPU3bIBAaeT UCCe-
JoBaTele M3 3apyOeXKHBIX CTpaH ITyOJIMKOBATh B
XKypHaJjie CTaTbU Ha aHTJIUICKOM SI3bIKe. MBI TPUHU -
MaeM BCe CTaTbM Ha aHIJIMUCKOM A3BIKE, ITOAXOOs-
e HalleMy XXYpPHAaJIy IT0 TeMaTUKE, U TapaHTUPyeM
UX CBOEBPEMEHHOE PELICH3UPOBAaHUE U PaccCMOTpe-
HUE peIKOoJIIerueii.

CraTbu, MyOJUKyeMble B XXypHaJle, MHIEKCUPY-
I0TCA 1 pedepupyIoTCS B CIeAyIOIINX 0a3ax maH-
HbeIX: Science Citation Index Expanded (SciSearch),
Chemical Abstracts Service (CAS), Google Scholar,
EBSCO, CSA, Academic OneFile, AGRICOLA,
Biological Abstracts, BIOSIS, Current Abstracts,
EMBiology Gale, INIS Atomindex, Journal Citation
Reports/Science Edition, OCLC, Summon by Serial
Solutions, Zoological Record, PubMed (as “Onto-
genez”).

OcHoeHble munbvl nyoaukayuil

1. OpurunajbHbIe HCCICTOBAHUS

CraTbu JOJDKHBI coliepxKaTb HOBYIO WH(poOpMma-
1110, KOTOpasi CHOCOOCTBYeT OoJiee MOJHOMY MOHMU-
MaHUIO MPOLIECCOB U MeXaHU3MOB pa3Butus. Co-
JIepxkaiasicss B cTaTbe MH(POpPMAaIUs MOXET OBITh
MoJiydeHa B XoAe 3KCIEPpUMEHTOB, Mopdoornye-
CKUX HCCIeIOBaHU, a TAKXKe C TOMOIIbIO MOJEIU -
poBaHUs in silico. MeTogu4ecKue Wi “OoImcaTeiib-
HBIe” cTaThbu (HAIIpUMEp, CoAepKalllue HaHHBIE 00
9KCIIPECCUN OTAEJIbHBIX T€HOB) MPUHUMAIOTCS TOJIb-
KO B TOM CJIyyae, ec/iv IpeACTaBI€HHbIE B HUX JaHHbIE
CBSI3aHBbI C MpoleccaMU Pa3BUTUSI U CITOCOOCTBYIOT
PELIEeHUIO aKTYyaJIbHBIX TPOOJeM OHMOJIOTUY Pa3BUTHUSI.
Crartbs1 He mopkHa mpeBbluath 20 crpanuir (Times
New Roman 12 pt, MexkcTpoUYHBII1 mHTEpBan 1.5).

2. Kpatkue coobmeHus

CTtaThst MOXET OBITh IIPUHSITA K TICYaTH, €CJIV B Heil
MpeACTaBJIeHbl HOBBIE JaHHEIE, KOTOPbIE MOTYT OBITh
OLICHEHHBI KaK ITIPUOPUTETHBIE IJISI U3y4aeMOM 00IacTu
6uojyornu pasBuTus. CTaThsl HE JOJKHA TPEBLIIIATH
6 crpanun (Times New Roman 12 pt, MeXXCTpOUHBIIA
uHTepBaJI 1.5), MOXeT BKJIOYaTh 1 WILIIOCTpaLdIO U
10 cchUIOK B CIUCKE TUTEPATYPHI.

3. O630ps1

O0630pBI HOIKHBI OBITH ITPOOJIEMHO OPUEHTHUPOBAH -
HbIMM, AHAJTUTUYECKHUMMU, C YETKO BUIAMMOM TTO3ULIUEH
aBTOPOB II0 paccMaTpPUBaeMOMY BOIIPOCY, IIpU 3TOM
MpearnoYTeHUE OTaaeTCs 0030paM, ITOCBSILIEHHBIM HO-
BBIM II€PCIIEKTUBHBIM 00JIACTSIM OMOJIOTUM Pa3BUTHSI.
Cratbs He IoJDKHA IIpeBbIaTh 24 crpanunbl (Times
New Roman 12 pt, MexXXCTpo4yHBIi1 nHTEpBai 1.5).

OcHosHble memamutueckue pyopuxu

1. buosnorust pa3BUTUS (KMBOTHBIX (0€CIIO3BOHOY-
HBIX U TTO3BOHOYHBIX)

2. buoorus pa3BUTHS pacTeHUIA

3. buosorus pa3BUTHUS TIPeACTAaBUTENICH IPYTrUxX
LIAPCTB XUBBIX OPTaHN3MOB

4. MexaHU3MBI HOPMAJIBHOTO U MMAaTOJIOTUTIECKOTO
pa3BUTHS

5. MoJiekynsipHasi OMOJIOTUSI Pa3BUTUS

6. Mexanusmebl nponudepaunu U guddepeHn-
POBKM KJIETOK

7. MopdoreHes (busnyeckue, KJIETOYHbIE U MO-
JIEKYJISIpHbIE OCHOBBI)

8. Pereneparus

9. MeTonbl U MOJESIM OUOJOTUU PAa3BUTHS

10. DBoJTIOIIMOHHAS GUOJIOTHS Pa3BUTHUSI

11. Dxonoruueckast 6MOJIOTUS pa3BUTUS

12. HoBoctu Ouosornu pa3Butus (IIOITYyJISIpHEIC
CUHOIICUCHI, OTYETHI O KOH(EPEHIINSIX)

13. PelieH3us1 Ha KHUTY

Ocghopmaenue s1eKMPOHHOI 6epcuu cmamol

JJ1st mpegocTaBleHUs CTaTby K ITyOJIMKAIUU aB-
TOopaM HeoOxoaAuMo mpuciaTh B Pemakiuio sek-
TPOHHYIO Bepcuio ctatbu B (opmare DOC wmiau
DOCX (MSWord) no 371eKTpOHHOI I1ouTte — onto-
genez@list.ru uiam 4epe3 OHJIAH-(pOpMy Ha caiiTe
>XypHasia http://ontogenez.org/?show=content10. B
onuH daiin B popmare DOC BkiOUaeTCs aHHOTA-
11$1, TEKCT CTaTbU, CIIMCOK JIMTEPATYPhI, TAOJIUILILI U
MOATIUCU K PUCYHKaM, I'papuKu U PUCYHKHU (PUCYH-
K1 JOOJDKHBI OBITH ITOMENIEHBI B KOHIIE CTaTbM), a
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TakKe TepeBOJl aHHOTAIIMK Ha aHTJIMIMCKUN SI3bIK. B
COIIPOBOIMUTENILHOM ITMChbME CJIeIyeTyKa3aTb, YTO
pyKonuch He ObLIa paHee HUTIE OIyOoJMKoBaHA WU
HE HaXOOWUTCS Ha PacCMOTPEHMU Ha TMpPeIMeT
MyonuKauuyu B ApYyrux M3gaHusX. Ha oT-menbHOM
CTpaHMlIe MpUJIATalOTCsl CBEACHUST 00 aBTOpax C
yKa3zaHHWeM aJIpecoB, KOHTAKTHBLIX TeJIe(POHOB U
9JICKTPOHHOI MOYTHI, a TaKXKe YKa3bIBaeTCsI aBTOD,
OTBETCTBEHHbI 3a MEPEIMCKY C peaakiueil u pado-
Ty C KOPPEKTYPOM.

IMocne pelieH3MpOBaHUS M OKOHYATEJIbHOTO pe-
IIEHUSI O MPUHSITUM CTAaTbU K IIyOJIMKAIMKA aBTOPbI
JIOJDKHBI JOMOJIHUTEIBHO BBICIATh TpadUMKU U PU-
cyHku B ¢opmare JPG u EPS ¢ paspemenmeMm He Me-
Hee 300 dpi (KaXkayro WUTIOCTpalUio — B BUIE OT-
JeabHOro (aiina).

Daiinbl JOJKHBI ObITh HA3BAHBI C UCITOIH30BAHUEM
TOJILKO JIATUHCKUX OyKB. MDaitibl GOJBIINX OOHEMOB
JKeJaTeJIbHO apXMBUPOBATh OOIIEN3BECTHBIMU apXUBa-
Topamu. B aToM citydae paiibl 1OKHBI UMETh PacIliv-
penust atux nporpamm (ZIP, ARJ, RAR u 1.1.). Heno-
IyCTUMO IIpeaocTaBiieHre B Pegakiimio caMopacmnako-
BoiBaroiyxcss EXE-daitnos.

Cmpykmypa nybaukauyuu

Cratbs 10/KHA ObITh HaMMCaHa YE€TKO, JIOTUYHO U
TIIATEJIbHO OTpedakTupoBaHa. OpUTrMHAIbHBIE CTa-
ThU CJIEAYET pa3nesisiTh HA OTAEIbHBIE YacTu: “Mare-
puanbl u MeTtoabl”, “PesynbraThl”, “O0CyxXaeHUe”,
“Cnucok nurepatypbl”. He momyckaercst myoampo-
BaHUE MaTepuania B TabMuax, Ha pUCYHKaxX U B TeK-
cre. Bce cTpaHulbl pyKonucu, BKJtodast TabJIUIIbI,
CIUCOK JIMTEPATYPHI U TIOAMNUCH K PUCYHKAM, CIIeIy-
eT IMPOHYMEPOBAaTh.

TuTyJabHasA cTpaHULA.

Ha nepBoii crpaHulie cTaThbM yKa3bIBAlOTCSI Ha-
3BaHMEe pyOpukM, uHIAEKC ctathu 1o YK (cMm.
http://www.udkcodes.net), Ha3BaHUE CTaTbU, MHU-
nyManabl U ¢haMUIUMU aBTOPOB, TOJHOE Ha3BaHUE
YUPEXKIECHUIA, B KOTOPbIX paOOTaIOT aBTOPHI, ITOUTO-
BBII afpec 3TUX YUPEXKIEHUI C MHAEKCOM (eCIn aB-
TOPBI pabOTAIOT B pa3HbIX MHCTUTYTaX, HEOOXOAUMO
MPUBECTU Ha3BaHUSI U agpeca BCeX MHCTUTYTOB).
Hanee mpuBoASITCS KpaTKasi aHHOTALMUsI U KiIloue-
BhIe cyioBa (oOpa3el ohoOpMIICHUS ITIEPBOM CTpaHU-
bl cM. B [1punoxenuu 1).

HasBaHue craTbu JOKHO OBITh KPaTKHUM U OTpa-
XKaTh CyTh paboThl. CiemayeT IT0 BO3BMOXHOCTH M30¢e-
raTh UCITOJIb30BaHUS COKpAIeHUIA.

AHHOTALMS JOKHA OBITh KpaTKOM M coaepKaTh
1IeJib, OCHOBHBIC pe3yJibTaThl M HauboJiee cyllle-
CTBEHHBIE BBIBOIBI paObOThl. AHHOTALIMSI HE IOJIKHA
npeBbimaTth 350 cioB.

KitoueBbie ciioBa HOJXHBI OTpaXkaTb OCHOBHbBIE
acrmekThl paboThl (MOAEHb, OOBEKT UCCIEOOBaHMUSI,
KJIIOUeBbIC METOMAbI, IPUHIIUITMAIBLHBIE TTPOLIECCHI).
Crenyet nsberaTh cokpaileHuii u yactui “MU”.

OO0OpaTtnTe BHUMAaHME Ha TO, YTO KIIOYEBBIC CJIOBA
JIOJIKHBI MCTIOJIb30BaThCSI B HA3BAHUM U aHHOTAIIUH,
a TaKXK€E MHOT'OKPAaTHO BCTPE€YaTbCA B TEKCTE CTAaTbU.

OHTOI'EHE3 Ttom 51 Ne2 2020

IMoxanyiicta, BHUMATEJIbHO TIPOBEPSIITE KIIIOUEBEIC
CJIOBa U MX BCTPEUYAEMOCTh B aHIVIMIICKOM BapUaHTeE
Baieit cratbu. BbeIlmoHeHUe 3THUX MpaBUJI caeaaeT
6osee 3 HEKTUBHEBIM ITOMCK CTaThbU B 0a3ax JaHHBIX
M YBEJIMYUT YMCJIO €€ IUTUPOBAHUIA.

Beenenue.

BBeneHue mokHO oTpaXxaTb COBPEMEHHOE CO-
CTOAHUEC HpO6J'[€MI)I, coacpXKaTb 00OCHOBaHUE HUC-
IIOJIB30BAHHBIX METOAMYCCKHX ITOAXOAO0B M YETKO
CCbOpMy.T[I/IpOBaHHbIe eI 1 3aga4r NCCICA0OBaHMAA.

MaTepl/laJl])I U METObI.

OnucaHrve MeTOIMK JTOJKHO coAepKaTh JOCTa-
TOYHO MHGOPMALIU ]ISl BOCIIPOU3BEACHUS PaOOTHI,
HO OBITb JOCTATOYHO KPATKWUM, U IJIS CTAHAAPTHBIX
METOAVK OTPAHUYMBATHCS CCHUIKOM Ha OPUTUHAJb-
HBIEe paboThl. bojiee moapoOHO cieayeT ocTaHABIM-
BaTbCd Ha p€AKO NCITOJIB3YEMbIX METOIAaX U ME€TOJaXx,
pa3paboTaHHBIX WIM MOIUMUIMPOBAHHBIX CAMUMU
aBTopaMu. Ocob60e BHUMaHUE CIIENYET YAEeIUTh OIK-
CaHMIO BCEX MCITOJIb30BAaHHBIX KOHTpoJieit. Heo6xo-
IUMO YKa3bIBaTh Ha3BaHUS (PUPM-TIPOU3BOIUTENCIA
IIJIsI UCTIOJIb30BAHHBIX PEAKTUBOB M 00OPYIOBaHMUSI.
IIpu cratucTuyeckoii o6paboOTKe MaTepuajia HeoO-
XOOVMO YKa3aThb MUCHOJb30BaHHbIE CTaTUCTUYECCKUE
METOMBI U IIPOTrPaMMBbI.

ABTOpBI JOJKHBI YKa3bIBaTh BUAOBbIC HA3BaAHUS 1
4YHCJIO MCIIOJAb30BAaHHBIX B paboTe o0beKToB. Ilpu
paboTe ¢ XMBOTHBIMU HEOOXOAMMO OTMETUTH COOTBET-
CTBHE 9KCIIEpUMEHTAIbHBIX MaHMITYJISILIMA MEXKIyHa-
POOHBIM HOPMaM IO OMO3THKE, YKa3aTh IPUMEHSIEMBbIC
MeTOAbI 00e300JIMBaHMsI, BTAHA3UH U yXOIa 3a DKCIIe-
PUMEHTATbHBIMU XXMBOTHBIMUM 10 M ITOCJIE 3KCIEpU-
MEHTAJIbHBIX BMEIIATEILCTB. bojlee mompoOHO ¢ Tipa-
BIJIAMU IIPOBENCHUSI PabOT C SKCIIEpUMEHTAIbHBIMUA
KMBOTHBIMH 1 KITMHNYECKOI ITpakKTUKK B Poccmiickoit
Ddenepaiiyi MOXHO O3HAKOMUThLCH Ha caiite MHcTUTy-
Ta 6uosornu passutusi PAH (http://idbras.comcor.ru)
B paznesie “KomMuccust 1o 6uostuke”.

Pe3yabraThl JOJKHBI OBITH MTPEACTABIEHBI YETKO
" CcXaTo, C MUHMMAJIbHBIM YN CJIOM WJIJTIOCTPAaTUBHO-
ro Martepuaina. Bce munocTpaluy HEOOXOAUMO XOTS
OBl OMH pa3 ITPOLIMTUPOBATH B TEKCTE.

O0cyxaeHse TOJKHO ColiepxKaThb OLIEHKY J0CTO-
BEPHOCTU, HOBU3HBI M IEHHOCTU IOJYYECHHBIX pe-
3yJIbTATOB, IIEPCIIEKTUBLI HaibHeime padoTsl. Ciie-
IyeT n30eraThb N30BITOYHOTO IIMTUPOBAHMS U CIIUIII-
KOM OOIIIMPHOIO OOCY:KIEHUSI OITyOJMKOBAaHHBIX
paHee ctateil. J1ommycTUMO 00beAUHSITE pe3yJIbTaThl U
o0cyxXaeHue B OOUH pa3aea (0COOEHHO €C/IM CTaThs
COCTOMT M3 HECKOJIbKMX OTHOCUTEJIILHO HE3aBUCH-
MBIX 4acTeit). B aToM ciydae :kemaTelIbHO B KOHIIE
CTaTbU CYMMUPOBATb OCHOBHBIE ITOJIOXEHMS 1 BHIBO-
IbI paOOTHI B pasaene “3akimodeHue”.

Kypnan sasiasercs wienom Committee on
Publication Ethics (COPE), B cBsA3u c 4eM B KOHIIEe
CTATBhH JIOJZKHBI PACTOJIATATHCS CJIEAYIONINe Pa3iaelibl,
colepKaiue CpaBovYHyI0 HH(POPMAIIHIO.
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1) BJIATOJAPHOCTHU
MENTS)

O6mast mHgopmManus o JIro00ii ITOMOIIIH B IIPOBE-
JIIEHUU pabOThI U IIOATOTOBKE CTaThU, KpoMe (pMHAH-
COBOI1: a) OJlarogJapHOCTU KOJIJIEraM U pelieH3¢HTaM
(B 0CcOOBIX cityyasx); 6) nHpopMalus O IIPeaocTaB-
JICHUU MaTepUajaoB, JaHHBIX, KOMIILIOTEPHOTO 00ec-
MeYeHUs, TPUOOPOB BO BpEMEHHOE MOIb30BaHNE; B)
MH(POpMaLY O TIPOBEIEHUM UCCISAOBAHUIA B LIEH-
TpaX KOJUJISKTUBHOIO IIOJIb30BAaHUS; T') TOMOILIbL B
MOATOTOBKE WITIOCTPALIW 1 T.II.

2) DUHAHCHUPOBAHME PABOTLI (FUNDING)

MNudbopmaiysi o rpaHtax u Jitoboit npyroit ¢u-
HaHCOBOWM MNOIAEpXKKe ucciaenoBaHuii. IIpocum He
WUCIOJIb30BaTh B 3TOM paszjieie COKpallleHHbIe Ha3Ba-
HUSI OpraHu3alii-ClIOHCOPOB.

(ACKNOWLEDG-

IIpumep: PaGota BbINOSHEHA MpU TOAAEPXKKE
Poccuiickoro boHna yHIaMeHTAILHBIX HCCIIeI0Ba-
Huii (mpoekT Ne XX-XX-XXXX-a). Pabora BbIOJ-
HsLJIach B paMKax MporpaMMbl UcciienoBaHuit XXXX,
3aIIaHUPOBAHHBIX B YHUMBepcuTeTe XXXX. ABTOpP
X.X.X. monyyna NoaaepXKy oT MuHuctepcTtBa XXXX
(rpanT XXXX).

3) COBJIOJEHHUE OSTHUYECKMHX CTAH-
JAPTOB (COMPLIANCE WITH ETHICAL
STANDARDS)

Pro OBA3ATEJIbHBIN pazmen s >KypHaJloB
OMOJIOTrMYECKOI TeMaTUKMU.

DTOT pasmesl JoKeH IpucyTcTBoBaTh B0 BCEX
CTaThsIX (HE3aBUCHUMO OT TOTO, OBUIM JIA BOBJICUCHBI
>KMBOTHBIE M JIIOOW B 9KCIIEPUMEHTHI B JAHHOM MCCJIe-
nmoBaHun). IIpockba BKIIIOYaTh 3Ty MH(MOPMALIMIO HE B
OCHOBHOI TEKCT CTaTbM, a UMEHHO B JTaHHBIA pa3iel.
IToxanyiicta, IpMHUMAaTe BO BHUMAaHNE OYEBUIHbBIC
COOOpakeH!sl, YTO K LIAPCTBY >KMBOTHBLIX OTHOCSITCS
HE TOJIbKO MJICKONMUTAIOIINE, a MCCICIOBAHUS MOTYT
IIPOBOAUTCS U 3a MpeaeiaMuy J1a00paTOpUN.

IIpumepsi:
“Bce mpuMeHMbIe MEeXIyHapOaHbIe, HAIIMO-
HaJilbHbIe W/WUJIW WHCTUTYLMOHAJIbHbIE MPUHIUIIBI

WMCIIOJIb30BaHUS KUBOTHBIX B 3KCHEPUMEHTaX M
YCJIOBHSI yX0/1a 32 HUMU OBLJIN COOIIOACHBI

“Ilpm BBITOJTHEHWHM MAHHOTO WCCJICTOBAaHMS BCe
MaHUITYJISIIIH, TIPOBOIUBIINECS C 9KCIIEPUMEHTATb-
HBIMU XXUBOTHBIMH, METOIBI 00300 IMBaHMS, 9BTaHA-
31U M yXO/a 3a XKUBOTHBIMHU JIO U TMOCJIC SKCIIEPUMEH-
TaJIbHBIX BMEIIATEIbCTB COOTBETCTBOBAIM MEXKIyHa-
POIHBIM HOpMaM 110 OMO3THKeE.”

“ITpuy BBINOJTHEHUH JAaHHOIO UCCJIeI0BaHNUS JIIOOU U
>KMBOTHBIE HE NCTTOJTBL30BAJIICH B Ka4eCTBE OOBEKTOB”;

“Bce mpuMeHNMble MEXIYHAPOJIHbIE, HALIMOHAb-
HbIE Y/VIM MHCTUTYLIMOHATIbHBIE IPUHIWTILI UCITOJh-
30BaHUSI XKMBOTHBIX B 9KCIIEPUMEHTAX 1 YCIIOBUS yXOIa
3a HUMM ObLIM COOJIONEHBI. JIIonu B JaHHOM HCCIeN0-
BaHUM HE YYaCTBOBAJIM B KAUe€CTBE OOBEKTOB”.

Ecnu B cTaThe He cOmEpXUTCA ONMUCaHUe MCCIIe-
JOBAaHUI C ydacTHEM JIIOJeil MJIM XUBOTHBIX U BbI-
MMOJIHEHHBIX KeM-JIM00 13 aBTOpOB, B pazneie «Co-
OMoJeHNE STUYECKUX CTAHIAPTOB» yKa3bIBaeTCS:
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«Hacrosiiasi cratbsl He COOCPXKUT OIMMCaHUA BbI-
ITOJTHCHHBIX aBTOpaMM MCCJIeNOBAaHUMA C yqaCcTuemMm
JIIOAE WJIM UCITOJIb30BAHUEM XXMBOTHBIX B KAUECTBE

00OBEKTOB.

4) KOH®JIIMKT MHTEPECOB (CONFLICT
OF INTEREST)

KoHGIMKT HHTEpeCOB — 3TO JI00bIE OTHOLIEHUSI,
KOTOpbIE MOTYT TIPSIMO WM KOCBEHHO ITOBJIUSTH Ha
Ballly paboOTy WJIU CIOEeJIaTh €€ TIPEAB3SITOM.

ITpumepsi:

a) “Konguukt nHTepecoB: ABTop X.X.X. BiajaeeT
akusimu Komnanuu Y, KkoTopasi yloMsiHyTa B CTa-
The. ABTOD Y.Y.Y. — wieH komutera XXXX”.

0) “KoH(pIMKT MHTEpecOB: ABTOPHI 3asIBJISIIOT, YTO
KaKOM-JTMO0 KOH(MJIMKT MHTEPECOB OTCYTCTBYET.”

5) NHO®OPMAILIUA O BKIIAJE ABTOPOB
(AUTHOR CONTRIBUTIONS)

ITy6nukyeTcs a5 onpeaesieHrs BKiIaaa KaxkKaoro
aBTOpa B MCCJIeIOBaHME.

Hanpuwmep:

“ABropsl X1, X2 1 X3 npuaymaiu 1 padpadoraiu
BKCIIEPUMEHT, aBTOPHI X4 1 X5 CMHTE3NpOBaIn 00-
pas3Ibl ¥ IPOBEJIM UX BJIEKTPOXUMHUYECKOE MCCIIEI0-
BaHre. X3 m X4 mpoBelIM UCCIEIOBAHUS METOIOM
CHEKTPOCKONIMM KOMOMHAIIMOHHOTO paccesiHusl u
AMP. Astopsl X1 1 X6 ydyacTBOBaM B 00pabOTKe
TaHHBIX. ABTOp X7 IIpOBOAMI TEOPETUUECKHE pacye-
ThI. ABTOpHI X1, X2 11 X7 yJacTBOBaJ I B HAITMCAHWH
TEeKCTa cTaTbi. Bce aBTOPHBI yyacTBOBaIM B 00OCYKIIE-
HUM pe3yJabTaToOB”.

CI/IMBOHaMI/I B BECPXHEM PETUCTPE MOXKHO OTMEC-
TUTh aBTOPOB, BHECIIIMX paBHbLII BKJIaj B paboty. Ha-
puMep:

“X1*, X2*, X3, X4, X5

* — aBTOPBI BHECIV OAWHAKOBBIN BKJIAJ B JAHHOE
WCCJIeTOBaHME U TIOATOTOBKY CTAaTbM .

6) JOIMOJIHUTEJIbHBIE MATEPHAJIbI

BwMecre ¢ daiinioM pykonmucu IIpHUBETCTBYETCS TIe-
penava B peaakivio (aitioB ¢ AOMOTHUTETLHBIMUI Ma-
TepraiaMu (HaripuMep, ¢ BuacoMaTepraaaMu, 00JIb-
UMY TaOIULIAMHU, TIPE3CHTALUSIMU) U1 pa3Mellie-
HUS Ha caiiTe N30aTeIbCTBRA.

JIOTTOJTHUTEIIbHBIE MaTepHuadbl IyOJIMKYIOTCS
TOJIBKO B 3JIEKTPOHHOI BEpPCHUU XypHaja Ha caiTe:
http://link.springer.com. Ilpyu HanUUYUKM AOMOTHU-
TEJIbHBIX MaTepPUaJIOB B TEKCTE HEOOXOAUMO pa3Me-
CTUTH cChUIKY Ha [IpuiioxeHune K cTaThe 1 IMOANNUCATh
aBTOPCKMIA JOTOBOP Ha IIpMjIaraeéMble MaTepUabl.

Bbonee mompobHast mHpopMannsg pa3MeleHa Ha
caiite:

http://pleiades.online/ru/authors/guidlines/pre-
pare-electonic-version/supplementary-materials/.

Cnucok MTepaTypsbl.

IleuaTaeTcss ¢ HOBOM CTpaHUIIBI, TOJKEH COOEP-
KaTh TOJIBKO LIUTUPOBAHHBIE B cTaThe pabGoThl. Ma-
MWJIMA aBTOPOB CTaTeil pacmojaraloTcs B MOPSIIKe
aipaBuTa. CHavasa MPUBOAST JUTEpaTypy Ha pyc-
CKOM, 3aTeM — Ha MHOCTPaHHEBIX sI3bIKaxX. B ciydae,
€ClIU B CITMCKE IIPUBOIAT HECKOJILKO PaboOT OZHOTO

OHTOI'EHE3 Ttom 51 Ne2 2020
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aBTOpa, OMyOJMKOBAHHBIX B OJHOM TOAYy, UM JAlOT
OykBeHHBIe 0003HaueHus: 2009a, 6 1 T.14.; WIS MyoIm-
KallMii Ha MHOCTpaHHBIX s3bikax — 2009a, b, ¢ u T.4.
Kpome atoro, xenarenbHo nate DOI cratbu.

JJ1st KHUT: yKa3bIBalOT (DaMUJIUIO U MHULIMAJIBI aB-
TOPOB, Ha3BaHWE KHUTU, MECTO U3NAHUSI U U3IATeJb-
CTBO, TOI M3TaHMS 1 OOIIIee YMCIIO CTPAHMUII, HaIIpUMeED:
Kopouknn JI.M. Haspanme kHuIM (0053aTEIBHO
noaHoe). M.: Hayka, 1977. 280 c¢. Ccbpuiku Ha KHUTH,
repeBeIcHHbIE HAa PYCCKUI SI3bIK, TTIO BO3MOXHOCTH,
JIOJIDKHBI COTTPOBOXKAATHCS CChIJIKAMU Ha OpUTUHAb-
Hble U3JaHUS C YKa3aHUEM BBIXOJIHBIX JaHHbIX.

Hns crareii: BacunbeBa T.B., Muuypuna T.B.,
XpymoB H.I'. (ecnmu aBTOpOB GosbIlle TpeX, TO ITOCTE
Tpex damwimii minyt “u ap.”). HasBanue crateu //
KypHan (cokpaiiieHHO, 6e3 KaBbluek). 1978. T. 9. Ne 3.
C. 288—290. [Ins my6avKanuii Ha UTHOCTPAHHBIX SI3bI-
Kax: ToM — V., Bd., Homep — Ne, ctpanuinl — P., S., doi:

Hns nuccepraumu: Yynpunoa C.U. Ha3paHue
paboTel: ABTOped. OMC. ... KaHA. OMOJI. HayK. Xaphb-
KoB: Men. un-1, 1970. 20 c.

Ta6J'H/ILU:I N IMOAIINCHU K pPUCYHKAaM pacCIiojiararoTcsa
Ha OTACJIbHBIX CTpaHMIIaXx.

IlepeBon aHHOTAMM HA AHTJIMIACKUIA SI3bIK SIBJISIETCS
ayTEeHTUYHBIM TIE€PEBOJIOM 3arjaBusl CTaTbU, WHUIIMA-
JIOB U (haMUJIMii aBTOPOB B aHINIMACKON TpaHCKPUII-
IIUW, HA3BaHUI YUPEXICHUI C UHACKCAMU, HA3BaHWSI -
MU TOPOZIOB U afpecaMy 3MEKTPOHHOI MOYTHI, TEKCTA
aHHOTAIK 1 K1o4eBbIx cioB (IIpuioxeHue 2).

Tpebosanus k ogpopmaenuio cmamou

BoJiee moapoOHy0 BepcHI0 MOXKHO HAWTH Ha caiiTe
http://pleiades.online/ru/authors/guidlines/.

Jlisi Habopa TeKcTa peKOMEHIyeTCSl UCTI0JIb30BaTh
pemaktop Microsoft Word. Tekct HabupaeTcs ¢ mo-
JIYTOPHBIM MHTEPBAJIOM MEXIY CTPOKaMM CTaHAAPT-
HbIM pudToM Windows TrueType (Times New Ro-
man — JUIsI TeKcTa, Symbol — 11T rpedeckux OyKB),
pazMmep mpudTa — 12. 1151 coxpaHeHUsI TEKCTa PeKo-
MeHyeTcs ucrnojib3oBaTh (popmat DOC (DOCX).

Pa3mepHocT (pu3HYECKUX BEJIMYMH BEIDAXKAIOTCS B
MexnayHapoaHoit cucteme CHM, a OTHOCHTEILHEIE
aTOMHBIE MacchI 2JIeMeHTOB T1o 1Kane 12C. B mecs-
TUYHBIX IPOOSIX 1iej1ast Y4acTh OT APOOHOI OTAEIIeTCS
TOYKOM, a HE 3aIsITOM.

Cokpamenusi. 1151 0603HAYEHUST XUMUUYECKUX CO-
e€IMHEHUI B TEKCTe CTAaThbU (3a MCKIIIOYEHUEM aHHOTa-
LIMM) MOXHO IIOJIb30BaThCsI OOIICIIPUHSITHIMU ad0pe-
BUarypamu: auMmeTuicyiabpokceun — JIMCO (DMSO),
anMeTuiipopmamun — JM®PA (DMFA), nonmmakpu-
namunHbiii renb — [TAATD (PAAG), aMMHOKUCIIOTHI —
Gly, Ala, Val u T.1.

CranjapTHble O0MOXHMUYECKHE Y MOJIEKYJISIPHOOHO-
JIOTHYECKHE METOAbl AHAJIU3A U CBSA3AHHBIE C HUMHM
TEPMHUHBI 0003HAYAIOTCSI B TEKCTE OOIIECTPUHSTHIMU
abOpeBUaTypaMy W3 3amiaBHBIX OYKB PYCCKOTO WJIUA
aHmmiickoro andgasura: ITIP — nmonmuMepasHast nemn-
Has peakums, AMP — simepHBIii MarHUTHBIA Pe30-
HaHc, SDS-anekTpodopes — anexkrpodopes ¢ noae-
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WICYJIb(aToM HaTpus U T.I1. Bce ncmonb3yemble aB-
TOpaMU HeCTaHIAPTHBIE 0003HAYEHUST M COKPAITICHMS
TTOSICHSIIOTCSI B TEKCTE TIPU TIePBOM YITOMUHAHWM.

Ta0amup.

Hdng co3maHWsT TaOJNMII ClIeayeT WCIOJIb30BaTh
nporpamMmbl MS Word miu MS Excel. TaGauiibt
MOJDKHBI MUMETh TTOPSIKOBBIE HOMEpa M 3aryiaBus,
yKa3bIBaoIIre Ha UX coaepxkanue. CokpaleHue CJIOB
B TabauIax He aoryckaercs. Kaxnas tabauia nedya-
TaeTcsl Ha OTHe/IbHOM cTpaHule. Eciiu Tabauiia He T10-
MelllaeTcs Ha BEPTHUKAIIBHOM JIMCTE, JOIYCKAETCS pas3-
BEpHYTb ¢¢ Ha TOPM3OHTAIbHBIN. Heobxommmo cTporo
CJICINTH 3a BEIPAaBHUBAHUEM TOPU30HTATBHBIX CTPOK
1 BEPTUKATLHBIX CTOJIOIIOB B TAOJIHIIE.

He cnemyer BkiIOYaTh B TAOIMUIIBI CTOJOLIBI 1
CTPOKM, COCTOSIIME U3 OAUMHAKOBBIX 3HAUYCHUM (T.e.
13 3HAYCHUIi, HE MEHSIIOIINXCS OT OITbITa K OITBITY
WJIN OT CTPOKU K CTPOKE). DTU ClIydau CJIEAyeT 0CO00
oroBoputh B [IpumMedyanum K tabauue. st Hymepa-
UM CHOCOK B TaOJUIle NPUMEHSIOTCS JIATMHCKUE
OYKBBI, KOTOPBIE JOJKHBI OBITh PACIIOI0KEHBI B TA0-
JIMIIE B COOTBETCTBUU C aj(aBUTHBIM ITOPSIKOM
(TIpY YTE€HUM TI0 TOPU3OHTAJIH).

CrenyeT 4eTKO pa3iInyaTrh Caydau, KOTAa B sdeii-
KaxX TabJULBI OTCYTCTBYIOT JAHHKIE: €CIIU UMEETCS B
BUAY OTCYTCTBUE MOAHHBIX, CTABUTCSI IMPOYEPK, a
eC/Id MPUHLUMIINAIBHO HEBO3MOXHO MX MOJYYHUTh,
OCTaeT-CsI MyCTOE MECTO.

IluTupoBanme.

B tekcre hamunmum HHOCTpaHHBIX aBTOPOB JAIOT-
Csl B pyCCKOM HaIlMCaHWUU, IIPU IMepBOM YIIOMUHAHWU B
CKOOKax yKa3bIBaeTCsI OpMTMHAILHOE HallcaHue, Ha-
npumep: “CornacHo Tugemany (Tiedemann, 1976)...”.
I1pu ccpuikax Ha pabOTHI O€3 YITIOMUHAHMS aBTOPOB B
TEKCTe B CKOOKaX IMPpUBOAAT GaMUINUA B OPUTHUHAIb-
HOM HAaIlMCaHUHU, C yKa3aHUEM rojaa oryoJIMKOBaHUS
paboThI M pacoaratoT 3TU CCbJIKU B XPOHOJIOTMYe-
CKOM ITopsiiKe, HanpuMep: “B tadnuiax, coctaBicH-
HBIX 1JIs1 pasHbiX BUOOB phic (Girh, 1934; Vernier,
1957; CmupHoB, 1958; LeMeur, 1976), nmetotcs cBene-
Hud...”. CChUIKMA Ha paboThI OoJjiee, YeM JIBYX aBTOPOB
oOpMIISIOTCS  clienyiomuM obpa3oM: (doOpoxoToB
u ap., 1962; Gateby et al., 1966).

I'pacdbmyecknii maTepua.

IIpu npeacrasnenuun crathu B Pegaknuio ¢orto-
rpaduu, pUCYHKU, CXEMbl U APYrOil WILTIOCTPATUB-
HBIIf MaTepHajl BKIIOYAIOTCS B OMUH (Dailll ¢ TEKCTOM
crarbu. XKemnateabHO, YTOOBI (oTorpadum MMETHN
paspeiieHue He meHee 300 dpi (Touek Ha J1oiM).

IMociie OKOHYATEJILHOTO MPUHSTUSI CTaTbU K TIe-
YaTu aBTOPBI TOJKHBI JOTIOJTHUTEIBHO BBICJIATh WJI-
JIIOCTpaluu, coaepxKallre HaAlUuCu U 0003HAYEHUS
Ha pororpacdusax. Kaxasrii aiin 1omkeH coaepXaTh
OIMH PUCYHOK U OBITh HAa3BaH TakK, YTOOBI OBLIO TTO-
HATHO, KaKasg WUUTIOCTPALvs B HEM COILEPXKUTCA.

BexTopHbIe MILTIOCTpAllY TOJKHEI OBITh TIPEIO-
cTtaBJieHBI B popmare EPS.
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OcTajabHble WUTIOCTPALIMM MPUHUMAIOTCSI B JIIO-
OBIX CTAaHAAPTHBIX rpadudeckux popMaTax, Ipearo-
ytuteabHo — JPEG u TIFF.

Ecim aBTOpBI WCITONB3YIOT B CBOEH PYKOITMCH
WITIOCTPAITAY VTN TAOIMITHI M3 IPYTUX ITyOIMKauii (B
TOM 4YHCJIE CBOMX COOCTBEHHBIX), TO UM HEOOXOIVMO
3anpocuTsb y M3mareneit 3Tnx myoauKkamuii pasperie-
HUe Ha repereyarky WIM UCTOJIb30BaHUe MaTepUalioB.

TexHuyeckue TpeOOBaAHMS K HILTIOCTPALUSAM.
1) O6mme TpedGoBaHMS:

Wnmoctpauyy JOJDKHBI UMETh pa3Mepbl: 8—8.5 cm
(Ha OmHY KOJIOHKY), 00 17—17.5 cM (Ha ABE KOJIOHKH).
Ha muxkpodororpadusax momemnaroT MaciiTaOHBII
orpe3ok. PucyHku u ¢ororpadpmu DOTKHBL OBITh
CHAOXEeHBI HEOOXOIMMBIMU LIM(MPPOBHIMUA MIU OyK-
BEHHBIMU 0003HAYCHUSIMU, KOTOPBIEC MOSICHSIIOTCS B
noanucsax K HuM. Haanucu u obo3HaueHUsT Ha WJI-
JIIOCTPALMSIX MOTYT MEHSITHCS IIPU MEPEBOJIE C pyC-
CKOTI'0 Ha aHTJIMICKUH SI3BIK, IO3TOMY IJIs1 (poTorpa-
¢uit ;kenaTeabHO ITPEIOCTABUTL BTOPOI BapraHT 0e3
TeKCTa U 0003HAYCHMM, JISI OCTaJbHBIX UJLIIOCTpaA-
1M — pacriojaraTh HaAMWCKU HA WLTIOCTpAllMU Tak,
4TOOBI OHU HE COINpUKACAINCh HU C KaKUMU €€ 4Ja-
ctamu. i1 Hagnuceil 1 0003HaYeHU MCIOJIb3YIATE
crangaptHele Truelype mpudtel. IIpocrba He mo-
OaBIATH HA 3amHWI TUIAH WUIIOCTPAIIMi CephIit
(BETHOI1) (pOH MJIN CETKU.

2) I'padbuku 1 mmarpaMmbl (IITPUXOBBIE WJLTIO-
CTpalun):

I'padwky 1 grarpaMMBbl XeJlaTeJIbHO TOTOBUTH B
BEKTOPHBIX TpadudecKux pemakropax. OHM TOJLKHEI
UMeTh paspelieHue He Huke 600 dpi. TonamuHa au-
HU He JoJKHa ObITh MeHbIIe 0.5 pt. BekTopHEbIE M-
JIIOCTpALMU He TOJIKHBI collep>KaTh TOUCUHBIX 3aKpa-
coK, Takux kak “Noise” “Black&white noise” “Top
noise”. 11 BEeKTOpHOI IrpaK BCE MCIOJIb30BaH-
HbIe IIPUMTHL JOKHBI OBITh BKIIIOUEHBI B (paiii.

3) IosiyTOHOBBIE WJLTIOCTPALIUU:
JlommkHBI UMeTh pa3peineHue He Hike 300 dpi.

4) KomOmHMpOBaHHBIE IIOJIYTOHOBBIE/IITPUXO-
BbI€ MJLUTIOCTPALIUH:

JoJXHBI UMETh pa3peliecHue He Huske 600 dpi.
ITy6auKanus HBeTHHIX MILTIOCTPALUIA.

Ilybonukanms IBETHBIX WLTIOCTPAIIM BO3MOXKHA
TOJIbKO B online Bepcuu xypHaia. 2KejateabHO BbI-
MOJIHeHUE OIpeNne/ieHHbIX TpeboBaHUii K odopMIe-
HUIO WLTIOCTPALIUi, YYUTHIBAIOLINX TOT (DaKT, YTO Ie-
yaTHasl BEpCHs KypHajla OCTaeTcsi YepHO-0enoit (cMm.
http://pleiades.online/ru/authors/guidlines/prepare-
electonic-version/images/).

Wnmoctpanyy TOBKHBI COIepKaTh TOIBKO 8-OMT-
HEBII 1IBET; IIBeTOBOE MpocTpaHcTBo — CMYK.

HermpaBunbHO oOpMIIEHHAsT CTaThsI K PACCMOT-
peHUo Penakimeit He MpUHUMAaETCS.

Peuensuposanue u nodeomosrka pykonucu K ne4amu

PenensupoBanne. CtaTbs, mocTymnusiias B Penak-
LIMIO, HAIIpaBJISIETCS Ha PElLeH3UIO K CIIELIMAJIUCTY B
JTaHHOI 00IacTH ucciaeaoBaHuii. B CTOpHEBIX ciaydasix
10 YCMOTPEHUIO PEIKOJIJIETUU CTAThsl HATIPABJISIETCS
Ha JOITOJIHUTENLHYIO pelleH3ulo. Pykomucu, He co-
OTBETCTBYIOLIIME MPOGUII0 XKypHalla, OTKJIOHSIIOTCS
0e3 peleH3UN.

Penaktuposanmue.

CraTbsi, MpUHSTasl K MyOJUMKalMK, HO HYXIalo-
11asicsi B Ao0paboTKe, HaIlpaBJsieTCsl aBTOpaM C 3aMe-
YaHUSIMU pelieH3eHTa. ABTOPHI JOJKHBI BEpHYTb MC-
MpaBJeHHbIIi BapyMaHT CTaTbU BMECTE€ C OTBETOM Ha
BCE 3aMeyaHMsl pelieH3eHTOB. Penakiivs octapiseT 3a
Cc0o00Ii TIpaBO COKpalllaTh CTaTbU 1 BHOCUTD PeIAKIIM-
OHHYIO TIpaBKy, corjacysl U3MEHEHMsI C aBTOpaMMU.
CraTbsl, 3a7epXkaHHasi Ha UCTIpaBJeHUN 00Jiee OMHOTO
Mecsilla MM TpeOylollasi CEpbe3HOM MNepepaboTKH,
paccMaTpuBaeTcsl Kak BHOBb TMOCTYIUBILAS, TO €CTh
CHOBa HamnpasJsieTcs pelieH3eHTaM. Ha nepBoii cTpa-
HUIIEC CTaTbM YKa3bIBAlOTCA: AaTa IMMOJIYYCHUA PYKOITN -
CM pelaKkineid, 1aTa MojydYeHUsI OKOHYATeIbHOTO (T1e-
pepaboTaHHOr0) BapMaHTa CTaTbU, AaTa TMPUHSITUS
CTaThbU B MeYaTh.

PenakiioHHass KOJUIETUSI MOXET 06pamaTLc9[ K
CIricoajancTaM B pa3/IMYHbIX 00J1acTsIX OO0 pas3-
BUTUA C HpOCL6OI>'I O ITIOATOTOBKE KOPOTKMX coo01Ie-
HUIA — KOMMCHTAapHUEB K HauboJee MHTECPECHBIM (HC—
O}IHO3Ha‘IHI>IM) CTaTbAM, INIOCTYIIMBIIMM B pE€IAKIIMIO.

ABTOpaM cTaTteii, MpollIeaIX pelieH3UPpOBaHUE U
MPUHATBIX K MTyOJIMKaluu, ciaeayeT o(pOpMUTh U Bbl-
cllaTh B pelaKIIMIO 1IOTOBOPHI O Tepenavye aBTOPCKUX
npaB i U3JAHUSI PYCCKOM M aHTJIMMCKOI Bepcuid
CTaThbU ISl PYCCKOM M aHTJIMIACKOM BepCcUii XypHasa
COOTBETCTBEHHO. [lOroBOpbl MOAIMCHIBAIOTCS BCEMU
aBTOpaMM CTaTbW W OTIIPABJISIIOTCS B OTCKAaHUPOBaH-
HOM BUIe. TeKCThl aBTOPCKUX JOTOBOPOB MOXHO pac-
reyaraTh U3 UHTEPHETA M0 ajapecaM: JIJIsl pyCCKOM Bep-
cum — http://www.sciencejournals.ru/journal/ont/ , njist
aHriauiickor Bepcuu — http://pleiades.online/ru/
authors/agreement/. [IpyHUMalOTCsI CKRHUPOBAHHBIE
BepcUu AOTOBOPOB. TOJIbLKO MPU HAIMYUU ODOPM-
JIEHHOTO U MOATUCAaHHOTO BceMu aBTopamu Jloroso-
pa cTarbs ciaeTcs B IeYarh.

KoppekTypa, OTTHUCKH.

Koppektypa BbichUlaeTcsd aBTOopam WM3narenb-
ctBoM B Buae PDF-(aiima mo 31eKTpoHHON mouTe
JUTSI TIPOBEPKM W MCHpaBJIeHUs TUIOTpadCKUX ore-
YaTOK; HUKAaKUeE IPYTUE U3MEHEHUS U JOIOJHEHNUS B
KOppekType He nonyckatorcsi. KoppekTypa nojikHa
OBITH BBICJIaHA O0OpaTHO B M3maTenbCTBO B TEUEHUE
JIBYX THEA C MOMEHTAa MOJTy4eHUsI.

Briceimaembrit PDF-daiin BepcTKr cTaThbit MOXKHO
MMPOYUTATh U OTPENAKTUPOBATh C ITOMOIIBIO TPO-
rpaMMbl Acrobat Reader (Bepcuu 9 1 BbIIIIE), KOTO-
pYI0O MOXHO OecIUlaTHO cKayaTb 4epe3 WHTEPHET:
http://get.adobe.com/reader/. 3amMe4yaHHsT HYXHO
BHOCUTH ITpsiMo B PDF-daiin craTtbu, ncnosb3ys na-
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HeJlb MHCTPYMEeHTOB “KoMMeHTapum u HOMETKHN”
oOecmmatHoM iporpaMMbl Adobe Reader Bepcum 9+.
He ucnonw3yiiTe npyrue nporpammbl il OpaBKU
PDF-aiinoB, nHadye aBTOpCKHME 3aMeUyaHUS MOTYT
OBITb MOTEPSIHLI IPM aBTOMAaTUYECKOM 00paboTKe
otBeToB. Henb3st namMeHsaTy HazBanue PDF-gaiima
CTaTbU U TEMY e-mail coOOBIIeH s Mo TOil Ke IpUudr-
He. [TogpoGHBIE peKOMEHIAIMY O BHECEHUIO UC-
npapiaeHuii B PDF-aiin MoxxHo HaliT Ha caiiTe 1o
angpecy: http://pleiades.online/ru/authors/guidlines/
electronic-proofreading/.

Bepcusi ctaThy HA AHIVIMIACKOM SI3BIKE SIBJISICTCSI
MMOCTPOYHBIM TIEPEBOJIOM TEKCTA PYCCKOM BEPCUM.
Pepakiiyig He mpUHUMAET CTUJIMCTUYECKYIO U JIOTU-
YeCKYIO MPaBKy TEKCTOB MOCe MyOIUKALIMKA PYCCKOIM
Bepcuu. YOemouTelbHas IpochOa TIIATEIBHO TOTO-
BUTH (B YaCTHOCTU, BHUMATEIbHO BbIUUTHIBATH KOP-
PEKTyphl) pyCCKMIii BapuaHT cTtaTeil. KoppekTypa aH-
IJIMCKOTO TEKCTA BBICHLIACTCS aBTOpaM JJIsI TIPOBEP-
KM 1 Ha BEIYUTKY IIPEOOCTaBISIETCS He Ooslee 5 mHeit.
IMoce ony6aIMKOBaHMSI CTAThbU U3AATEIBCTBO BHICHI-
JIaeT aBTOPY OeCIUIaTHO SJIEKTPOHHBIE (paiiibl CTaTbU

B (¢popmare PDF. B OymaxxHoM BuIe OTTHUCKU HeE
MPEeNOCTABIISIOTCS.

Konmaxkmnas ungpopmayus

IMouroBerii ampec pemakuum: 119334, Mocksa,
yi1. BaBunosa, 26, komH. 108.

E-mail: ontogenez@list.ru
Caiit XypHana: http://ontogenez.org

I'nmaBHBIA pemakTop — AHOpeil BajleHTMHOBUY
BacunbeB, 3aB. pegakuueit — Enena JImMuTpmeBHa
T'acuio

DnekTpoHHasl BepcHs XypHaina: http://pleiades.
online/ru/journal/devbio/; http://www.sciencejour-
nals.ru/journal/ont/; https://link.springer.com/jour-
nal/11174; http://ontogenez.org/?show=content4; .

COBJIIOJEHUE YKA3AHHDLIX ITPABUJI CY-
MECTBEHHO OBJIEI'YUT PABOTY PELIEH3EH-
TOB 1 PEIAKTOPOB KYPHAJIA 1 YCKOPHUT
IMOATOTOBKY BAIIIEU CTATBHUA K ITEHATH.

IMTPUJIOKEHMUE 1. ITpuMep obopmieHUs TIepBOii CTpaHULIbI CTaThU.

MEXAHU3MbI ITPOJINPEPAILIUN
N ANOOPEPEHIINPOBKHU KIIETOK

YIIK 576.08:578.23

CO3JAHUE CTABMJIbHBIX KIETOYHBIX JUHUN HA OCHOBE
KYJIbTUBUPYEMBIX B-KJIETOK RPMI 8866 C IOCTOSAHHON
1 MHAYIIUBEJIBHOM DKCITPECCUEN TAT BEJIKA BUPYCA
NMMYHOIEPUIINTA YEJIOBEKA
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BricokoaddekTrBHAsSI aHTUPETPOBUPYCHAsI Tepariusl TTO03BOJISIET KOHTPOJIMPOBATh BUPYC UMMYHOnehUIIMTa
yenoBeka (BY) 1 mpenorBpaiiaTh pasButre nMMmyHonedura. OqHako Ha (hOHE IPOBOAMMOM TEpaITI MO-
TYT Pa3BUBAaThCS PA3IMYHbIE OCIIOKHEHUsI, BKIItouast B-xkierounsie tumMdombl. OnH U3 MEXaHU3MOB OHKOTe-
He3za y BUY-nHOUIIMpoBaHHBIX NALIMEHTOB CBSI3aH C IEMCTBUEM BUpYCHOro Tat 6e1Ka, KOTOPHI CIIOCOOeH
npoHuKaTth B B-kietku. s nzyyeHus geiicteus Tat 0enka Ha B-kieTku B HacTosieii paboTe MoaydeHbl
U OXapaKTepU30BaHbI KJIETOYHbBIC IMHMKU HA OCHOBE KyJbTUBUpPYeMbIX B-kieTok nuuun RPMI 8866 ¢ mo-

CTOSTHHOU 1 MHAYLIMOeIbHOM 3KcTipeccueit Tat 6enka.

Karoueswie crosa: Bupyc uMMyHoieuLINTaA YedoBeKa, Tat 6e10K, B-KieTku, oHKOreHes3
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IMPUJIOKEHMUE 2. ITpuMep oopmiaeHNS IIepeBoIa aHHOTAIIUH.

Developing of Stable Cell Lines RPMI 8866 with Constant and Inducible Expression
of Tat Human Immunodeficiency Virus
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Highly effective antiretroviral therapy makes it possible to control the human immunodeficiency virus (HIV)
and prevent the development of immunodeficiency. Despite ongoing therapy, various complications can develop,
including B-cell lymphomas. One of the mechanisms of oncogenesis in HIV-infected patients is associated
with the action of the viral Tat protein, which is able to penetrate uninfected B-cells. To study the effect of Tat pro-
tein on B-cells, cell lines based on cultured B-cells RPMI 8866 line with constant and inducible expression of Tat

protein were obtained and characterized.

Keywords: human immunodeficiency virus, Tat protein, B-cells, oncogenesis
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