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HMHTepec K manopoTHUKaM KakK 00beKTaM OMOTEXHOJIOTMYECKUX UCCIIeIOBAaHU OMpeessieTcsi O0COOEHHO-
CTSMU UX Pa3BUTHUS U PEMPOAYKIIMU, 3HAHNE KOTOPBIX BaXKHO IS TOHUMAaHMSI MyTeil 9BOIIOLIMY HAa3eMHBIX
pacTteHuii. B 0630pe nmpoaHaim3npoBaHbl M 0000IIEHBI TaHHBIE INTEPATypPhl 00 yyacTuu GUTOTOPMOHOB B
PeryJsiliu OHTOTeHe3a raMeTOMUTOB MAIOPOTHUKOB MPU KyJIbTUBUPOBAHWH ik Vitro. PaccMoTpeH Bompoc
0 BO3MOXXHOCTH pa3MHOXEHUS MAITTOPOTHUKOB ITyTeM UCTIOIb30BaHUSI CIIOP B KAYECTBE 9KCIJIAHTOB METOAA-
MU in vitro. IlpoaHanu3upoBaHbl 3¢h(HEeKThl 3K30reHHOM 00paboTKM IMTOKMHUHAMM, ayKCUHaMu, rTnooe-
peJTMHAMU, 3TUJIEHOM, XKaCMOHOBO# KUCJIOTOI 1 OpacCMHOCTEpOUIaMu Ha IpopacTaHue criop, Mopdo-
JIOTUIO U pa3BuTUe rameropura. O0CyxKIaeTcs: poJib THO0epe/UIMHOB U aHTepUAOoTreHa B (DOPMUPOBAHUU
MOJIOBOTO TUMOpGU3Ma raMeTo(GUTOB NaropoTHUKOB. OGOOIIIEHBI JaHHbBIE O HAPYIIEHUSIX TTOJIOBOTO ITPO-
1iecca y TarnopoTHUKOB, y4acTUM (PUTOTOPMOHOB B OOPa30BaHMU allOraMHBIX CITOPOMUTOB Ha TAJIOMax

ramMmeTo(uTOB.

Karouesnie crosa: Polypodiopsida, criopsl, raMeToGuT, CIIOPOdUT, KyJIbTYpa in vitro, GUTOrOpMOHBI

DOI: 10.31857/S0475145020020068

BBEAEHWE

ITanmopoTHUKM — COCYAUCTBIE CIIOPOBBIE pacTe-
HUST — BMECTE C XBOIIIAMHU U IICMJIOTOBBIMU O0Pa3yioT
knacc Polypodiopsida (PPG I, 2016). ITo pa3HbIM
olleHKaM HacuuTheiBaloT or 9000 mo 10600 BumoB
(Smith et al., 2008; Christenhusz, Chase, 2014; PPG I,
2016), mpeacTaBIeHHBIX HA3eMHBIMU, SMTU(GUTHBIMU
Y BOOHBIMU (hopMaMU. XapaKTepHOI# 0COOEHHOCTHIO
MMAaIIOPOTHUKOB SIBJISIETCS YepedoBaHUE TTOKOJCHMIA,
KOTOpOe o0ecIieynBaeT He3aBUCUMOE pa3BUTHE Oec-
MOJIOTO TTIOKOJICHUST — CITOPOdUTa U MOJIOBOTO MOKO-
neHus1 — rameropura. CriopoduTsl, KaK IIpaBUIIO,
MHOTOJIETHUE PACTeHHUSI C Pa3IMYHON IIPOIOJIKHU-
TEJIbHOCTBIO KM3HM, TOTJA KaK POCT U pa3BUTHUE Ta-
MeTO(UTOB IIpOTEeKaeT ObICTpEE.

l'ameToUT MaIOpOTHUKOB pPa3BUBAETCS U3 CIO-
PBI U SIBJISIETCS CBOOOTHOXMBYIIINM (DOTOCUHTE3UPY-
oM opranusmoM (Sharpe et al., 2010). PazButue
TaJuloMa raMeToduTa HAYMHAETCS C IIpOpacTaHUs
criopel 1 (OPMUPOBAHUS MNPOTAULIMAIBHON HUTHU,
KoTopas nuddepeHInpyeTcs B TONAaTOBUAHBIN MTPO-
TaJIJINiA, a 3aTeM B OTHOCJIOMHBIN TaJIoM, (hpopMa KO-
TOPOTrO0 MOXeT u3MeHsATbcsl (ApHaytoBa, 2008). Ha
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TajuioMe rameToguTa GopMHUPYIOTCS XKeHCKue (ap-
XErOHUM) U MYXCKHue (aHTepUIMHN) PEeIPOLYKTUB-
HbIe opraHbl, oopasymlue rameTol. [Tocie omnono-
TBOPEHUS M3 3UTOThHI HA TaMeTO(GUTe pa3BUBACTCS
criopodur. B manpHeiinreM raMmeToUT OTMHPAET, a
CcopoUT MEePeXOIUT K CAMOCTOSITEIbHOMY CYIIle-
CcTBOBaHMIO. Bo BpeMs pocTta 1 pasBuTHsi ciopodura
00pa3yloTcs CIIOPAHTHUM, CoAepsKalllle CIIOPOTeHHYIO
TKaHb, U3 KOTOPOI1, B pe3yJibTaTe Meiio3a, (popMupyroT-
cs criopsl (Banks, 1999; ApHayToBa, 2008). PaznuuatoT
PaBHOCTIOPOBBIE (TOMOCIIOPOBEIE) W Pa3HOCIIOPOBBIC
(reTepocCrnopoBbie) NanopoTHUKU. PaBHOCTIOpOBHIE
MarOPOTHUKY TIPOIYLUPYIOT OOUH TUIT CIIOP, TOTAA
KaK pa3HOCHOPOBBIE Pa3MHOXKAIOTCI ITOCPEACTBOM
MEeracrop ¥ MHMKPOCHOpP, M3 KOTOPbIX O0pa3yroTcs
raMeTO(MUThI, TIPOU3BOISIINE TOIBKO XKEHCKUE WU
myxckue rameTsl (Johari, Singh, 2018). ITomaBnsio-
mee OOJILIIMHCTBO COBPEMEHHBIX ITallOPOTHUKOB
SIBJISTIOTCSI PABHOCITOPOBBIMMU.

B onTOreHE3e raMeTO(hNTOB PABHOCITOPOBBIX MAIIO-
POTHMKOB BBIICJISIIOT YEThIpe MepuoAa pa3BUTUSI: TIep-
BUYHBII1 TIOKOM, BUPTUHWILHBIN, Ie(PUHUTUBHEIA, Ce-
HIWIbHBIA Y BOCEMb OHTOI€HETUYECKMX COCTOSIHUIA:
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cropa, IIPOPOCTOK, IOBEHWIHFHOE, UMMAaTypHOE, BUPTH-
HUJIbHOE, Ne(UHUTUBHOE, CYOCEHUJILHOEC U CEHUJIb-
Hoe (IllopuHa, 1987; bapa6aniuukoa, 2009). Tun
pa3BUTHS TAJJIOMA OIIPeAcsIeT B JajibHeIIeM (op-
My 3peJioro nportanus. B padore H.M. [lepxxaBuHoit
(2017) 060011 HBI AaHHbIE KacaTeJbHO KJIacCU(pUKa-
it ¢popM pa3BUTHS TaJJIOMOB raMeTO(UTOB. ABTO-
POM OTMEYEHO, YTO CYIIIECTBYET Macca UCKIIOUECHUIA
U3 pacCMOTPEHHBIX B paboTe Kinaccuduxkauuii. OmHoi
W3 IPUYMH BapuadeIbHOCTU (POPM TAJUIOMOB MOXKET
ObITh TOPMOHAJIbHAS PETYJs1IUsI MOpdoreHesa, KOTo-
pasi KOHTPOJIUPYETCST HE TOJBKO COOCTBEHHBIM TOp-
MOHOM aHTEPUIMOIEHOM, HO U aHTepUOUOTeHAMU
JIpyTUX BUAOB IaropoTHUKOB (Schneller, 2008).

I'ameToUTHI TTAITOPOTHUKOB SIBISIIOTCS MAcaTb-
HBIMU MOJIEJIbHBIMU O0OBEKTAMU 171 HAOJIOACHUS 3a
npoueccamu pocra u pasputust (Hickok et al., 1987;
Banks, 1999), ux nerko KyJbTUBUPOBATb in Vitro mo
cocTtosiHUsI moaHo#t 3penoctu (Raghavan, 1989;
Menéndez et al., 2010). Kpome Toro, OHM MOTYT pa3-
MHOXKAaThCSl BEreTaTMBHO ¢ 00pa3oBaHUEM KJIOHOB
rametoputoB (Johari, Singh, 2018). MccnenoBaHue
raMmeTo(uUTOB B JTAOOPATOPHBIX YCIOBUSIX ITO3BOJISI-
€T BBISIBUTh OCOOEHHOCTH BJIMSHMS Pa3IMIHBIX K-
30Te¢HHBIX (DAKTOPOB Ha ITpOpacTaHUE CIIOpP, POCT U
MopdoreHe3 TajiomMa, II0J0Boii gumMopdu3M, odpa-
30BaHME 3UTOTHI 1 (POPMUPOBAHUE 3aPOIBIIIA CIIOPO-
duta. U3onupoBaHHBIE B KYJIBTYPE in Vitro TaMeTopu-
ThI YCIIEIITHO HUCIIOJIb3YIOTCS [IJIsI U3ydeHMsI TeHEeTUIC-
CKUX W (PU3MOIOTMYECKUX MEXAaHU3MOB PETYIISIINN
pocTa 1 pa3BUTHSI, YTO CIIOCOOCTBYET TOJYYEHUIO HO-
BbIX OAaHHBIX OO0 3BOJIOLIUM HA3eMHBIX PaCTCHUIA
(Banks, 1999).

IIpo1recchl pocTa 1 pa3BUTUS TaMeTO(pHUTA U CIIO-
poduTa NaropoTHMUKOB, KaK M IIPeACTaBUTEIC Apy-
I'MX TAKCOHOB, KOHTPOJIUPYIOTCSI MHOTOKOMITOHEHT-
HOIf ropMoHanbHO cuctemorii (Haufler et al., 2016).
OtpenensionM B XapakTepe IeiicTBUsS (PUTOropMo-
HOB SIBJISIETCSl MX KOHLIEHTpALUs U JIOKIU3alsl B
OTIENIbHBIX OpraHax M TKaHsx pacteHmii (Davies,
2010). baaromapst TopMOHaIbHOM PETYISILIMMU U BJIV-
SIHUIO 9K30T€HHBIX (haKTOPOB 3TAIbl peaanu3aluu re-
HETUYECKOM IIPOrpaMMbl paCTUTEIIFHOTO OpraHu3Ma
MOTYT YCKOPSAThCS TNO0 3aMemnaThesd (Bradford, Tre-
wavas, 1994). Tak, ayKCUHBI BIUSIIOT HA MUTOTHYE-
CKUIi1 IMKJI, IepeXo KJIIETOK 13 COCTOSIHUS ITOKOSI K
akKTMBHOM mponudepannu, 3ameiiCTBOBAaHBI B
AMOpHO-, OpraHo- U MopdoreHese, pa3BUTUU KOpP-
HEBOM CHCTEMbI, (DOPMUPOBAHUM ILIBETKOB, CEMSH,
mwionos (Del Pozo et al., 2005; Ludwig-Muller, 2011).
I'u66epennunbl (I'K) KOOpAMHUPYIOT TIPOLIECCHI Je-
JIEHUSI U PACTSKeHUSI KJIETOK, MHAYLIUPYIOT IIBETE-
HUE, PEeTYJIMPYIOT I10JI, aKTUBUPYIOT 3aBsI3bIBaHUE U
pa3BUTHE IUIOJOB, a TakKXKe IpopacTaHUE CEeMsH,
kiryoHeit u mykosuil (Peng, Harberd, 2002; Chandler,
2011; Daviere, Achard, 2013). B dopMupoBaHum aH-
TepuareB Ha MOBEPXHOCTU TameTopuTa 3aaeiicTBO-
BaHBI aHTepunuoreHel (Al) — crienudpuueckue I'K-
noxoOHbIe TOpMOHHKI (Atallah, Banks, 2015). O6pa3zo-

BaHME MYXCKOI'O raMmeTodura IpOUCXOIUT IIPU BbI-
COKOI1 KOHLIEHTpalluu 3HA0oreHHoro Al', B ciryyae ke
€ro OTCYTCTBUSI (DOPMUPYETCS KCHCKUIA TaMeTO(DUT.
Hwuskag xonmenrpanusg AT oOyciaoBIMBaeT pa3BU-
te asynosioro 3apoctka (Haufler et al., 2016). Al
MOXKET IPOHMUKATH B IIOYBY Ha IITyOMHY OT OJHOTO JI0
naTHaguatu caHtuMeTpoB (Schneller, 1988). Brime-
JICHHBI! B MTOYBY Ha CTaaWM pa3BUTHUS mpoTtaius Al
akTuUBUpyeT npopacTtanue apyrux cnop (Chiou, Far-
rar, 1997), a Takxke MHAYLIUPYET Pa3BUTHE aHTEPUI-
€B Ha 0oJiee MTO3THUX CTAIUSIX pa3BUTUS TaMeToduTa
(Tanaka et al., 2014). A" urpaet Ba>kHYy1O pOJib B BU-
JI000pa3oBaHUU M SBOJIOLMH ITAIIOPOTHUKOB, IIO-
CKOJIBKY OH CIIOCOOCTBYET MEpPEKPECTHOMY MeXKTa-
METO(UTHOMY OIJIOOOTBOPEHUIO 1 (POPMUPOBAHUIO
reHeTnyeckoil rerepo3urorHoctu (Chiou, Farrar,
1997; Korpelainen, 1998; Tanaka et al., 2014).

Huroxkunuusl (LK) cTumynupyroT mpoiecch ae-
JICHUSI U pOCTa KJIETOK, 0Opa3oBaHue IT0OETOB U3 KaJl-
JIyCOB B KYJIbType in Vitro, akTUBUPYIOT OUOreHe3 U
I depeHIINAIINIO XJIOPOIIJIACTOB, MHTUONPYIOT POCT
arnuvKajJbHON MEpPUCTEMBI KOPHSI, TOPMO3ST IMPOIIECC
CTapeHUsl JIMCThEeB, PETYJUPYIOT MOKON M IMpopacTa-
Hue cemsiH (PomanoB, 2009). LK Takxke BAUSIOT Ha
YCTOMYMBOCTh PacTeHUId K HEOJaronpUsiTHbIM BO3-
neiictBusIM okpyxKaroinei cpegbl (Ha et al., 2012).
Aocumzonas kuciiora (ABK), satuieH, BMecTe ¢ kac-
MoHoBoit kucioroii (2KK) u 6paccuHocTeporngaMu
(BC) oTHOCSTCS K (DUTOrOpMOHAM, KOTOPBIE 3aeii-
CTBOBaHbI B peaklivsx pacCTeHU Ha abuoTUYEeCKUe U
ouotnueckue crpecchl (Bartoli et al., 2013; Babenko
et al., 2015). ABK, moMuMo peryasiouy 3aiidTHBIX
mexanu3moB (Vishwakarma et al., 2017), ynpasiser
MpoleccaMu TI0KOSsI, TTPOpacTaHusl CEMSIH, BereTa-
tuBHOro pocta (Finkelstein et al., 2008). IIpopacra-
HYE CeMsIH, pa3BUTUE, CO3pEBaHME TIJIONOB U CTape-
HUE pacTeHUIl HAXOMUTCS MOA KOHTPOJEM 3THJICHA
(Pierik et al., 2006). KK perynupyer npolecchl co-
3peBaHUsI CEMSIH U TLJIOAOB, POCT KOpHEM, Crocob-
CTBYET BBIXOIY U3 COCTOSIHUS TTIOKOSI, UHAYLIMPYET 3a-
muTHBIe peakuuu (Hyun, Lee, 2008; Babenko et al.,
2015). BC — pacturenbHble (puTOCTEpOUIBl (Arora
et al., 2008) — BAMSIOT Ha IPoOLIECCHI pocTa, PopMU-
pPOBaHUS COCYIUCTON CUCTEMbBI, PENPOAYKIINIO, pa3-
Butre 1BeTkoB M 1wionoB (Khripach et al., 2000).
KonTtponupyst uHruobutopHsie apdextot ABK, 6pac-
CUHOCTEPOUIbI TTOJIOXKUTEIBHO BIUSIIOT Ha Mpopac-
tanue cemsaH (Hu, Yu, 2014).

Cropsl ¥ TaMeTOMUThHI MAIIOPOTHUKOB AKTHUBHO
WUCIIONIb3YIOT TIPU TIPOBEACHUM (PU3UOJIOTUIECKUX
(Ballesteros et al., 2012; Zhang et al., 2016), reHeTH-
yeckux (Rutherford et al., 2004; Plackett et al., 2015),
muronorndeckux (Rodriguez-Romero et al., 2018),
ounoxumunueckux (Nekrasov et al., 2019) u skoToKCH-
KoJiormueckux uccienoBanuii (Garcia-Cortés et al.,
2018). D10 00YyCIOBIEHO MPOAYLIMPOBAHUEM ITaIlO-
pOTHUKaMU OOJIBLIMX KOJHMYECTB CIIOP, HPOCTOTOM
X cOOpa 1 XpaHEHUsI, JOCTATOYHO HECITOXKHBIMU Me-
TOJaMHM MNPOpAIlMBAaHUS U TOCICAYIOLIETO KYyJIbTU-
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OUTOIOPMOHAJIBHAA PETYJIALIUA POCTA 83

BUpOBaHUEeM rameTo¢uToB. M3ydeHne BIUSHUS K-
30T€HHBIX (DUTOTOPMOHOB Ha POCT U Pa3BUTHE ramMe-
TO(UTOB OTKPHIBAET BO3MOXXHOCTH ISl TIOWCKA ITyTEi
yIIpaBJICHHSI 3TUMU Tipolieccamu. Llenbio Hamero o6-
30pa ObLI aHAJIM3 U 00OOIICHNE Pe3yJIbTAaTOB HAYIHBIX
WCCJICIOBAHNI, TMOCBSIIEHHBIX W3YYCHUIO BIMSHUS
SK30TeHHBIX (PUTOTOPMOHOB Ha IIpopacTaHue CIIop,
peryJisiuuio MopgoreHesa, peaaru3alnio MoJI0BOro A1-
Mop(pu3Ma ramMeTo(UTOB, ONTUMU3ALIO PA3BUTUS
CIOpO(UTOB Ha TTOBEPXHOCTU TAJUIOMOB TaMeTO(UTOB.

BIIMAHUWE BK30TI'EHHBIX ®DUTOIOPMOHOB
HA IMPOPOCTAHMUME CIIOP

Ha mpopactanue criop IarilOpOTHUKOB BIIMSIIOT
pasnuyHble BHelmrHUe ¢akTopbl. Cpeny HUX: OCBe-
1IeH1e, TeMIlepaTypa, jeMeHThl uTtaHus (Du et al.,
2009; Wu et al., 2010; Ballesteros et al., 2012; Juarez-
Orozco et al., 2013; Suo et al., 2015), rpaBuTanus
(Edwards, Roux, 1998), Tszkenble MeTabl U TIECTU-
uuabl (Draghiceanu, Soare, 2016; Soare et al., 2019),
MmoYBeHHbIe MUKpoopraHu3msbl (Ganger et al., 2019).
B ycnoBusix in vitro cnopsl, Kak IIpaBUjIo, Ipopaly-
BaloOT 0e3 J00aBJIEHUS PEryJISITOPOB POCTa, YTO KOC-
BEHHO yKa3bIBaeT Ha JOCTATOYHOE KOJIUYECTBO SHIO-
TeHHBIX TOPMOHOB IUISI 3allycKa U PeryJsiliui Mpo-
necca (Pinto et al., 2013). Tem He MeHee, 9K30TeHHasI
00paboTKa, B 3aBUCMMOCTH OT KOHIIEHTpalluN TOp-
MOHOB, CIIOCOOHA YCKOpPSITh JUOO 3aMeIJISITh IpPO-
pactanue croop (puc. 1). IlonoxurenbHOE BIUSHUE
Ha TpopacTaHWe CIIOpP OKAa3bIBAIOT T'MOOEPEIIJIMHBI.
Tak, naTUMUHYTHas1 00paboTKa ciop Athyrium multi-
dentatum (Doll.) Ching 20 Mr/71 Tib0€epeI0BOii K1C-
soroii (I'K;), a Takxke BHeceHue 10 Mr/Jj1 ropMOHa B Nu-
TaTeJIbHYIO cpedy yiaydiaio npopactanue (Guo et al.,
2007; Zhang, Yang, 2011). I'K; B KoHueHTparyu 0.15 X
x 107 r/n yckopssia rnpopacranue criop Preridium
aquilinum (L.) Kuhn (Zhang, Niu, 1999). 3HaunTeiab-
HO 0oJiee BBICOKME KOHIeHTpauu ropmoHa (0.5, 5 u
50 uM) akTUBUpPOBAIU IIpopacTaHue criop Blechnum
spicant L. (Fernandez et al., 1997). Hamu 6bL10 TTOKa-
3aHO, 4TO BbicoKMe KoHLeHTpauuu 'K, (1073 u 1076 M)
CYILLIECTBEHHO TOPMO3WIN IIpopactaHue crop Polys-
tichum aculeatum (L.) Roth., Torna kak 6oyiee HU3Kue
koHueHtpauuu (10~7 u 10~® M) yckopsiim 3T0T 1po-
1ecc (Babenko et al., 2018). B To ke BpeMsI U3BBECTHO,
YTO CIIOPhI HEKOTOPHIX BUIOB ITaIIOPOTHUKOB HEYYB-
CTBUTEJIbHBI K TMOOepesinHaM. B yactHocTu, I'K; He
BJIMsIJIa Ha MpopacTtaHue crnop Preridium aquilinum
var. latiusculum (Desvaux) L. Underwood ex A. Heller
(Zhai et al., 2007) u Sphenomeris chinensis (L.) Maxon
(Ren et al., 2008). IToka3zaHo, uto I'K; ynyuinana
npopactanue criop Pteridium aquilinum, Polystichum
munitum (Kaulf.) Presl. u Polypodium feei (Bory)
Mett. B temHore (Weinberg, Voeller, 1969). I'n66e-
pesuunel I'K;, 'Ky, I'K; u I'K; uHaynmposanu npo-
pactanue criop Anemia mexicana Klotzsch n Anemia
phyllitidis (L.) Sw. B TeMHOTe, IIpuyeM 0oJjiee 4yB-
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CTBUTEJIBHBIMU OKa3ajluch CIIOpBl A. phyllitidis
(Nester, Coolbaugh, 1986). Haubombiinii addexr
nposieisun 'K, m 'K, Torna kak I'K j; 6p11a MeHee ag-
dextuBHoit (Nester, Coolbaugh, 1986). INomoxutensb-
Hoe BiusiHue I'K;, T'K,, 'Ky Ha npopactanue cniop B
TEeMHOTE TMOKa3aHO Takke mist Lygodium japonicum
(Thunb.) Sw. (Sugai et al., 1987). 'u66epeTHBI He
BJIMSUIM Ha IIpopacTaHue criop Schizaea pusilla Pursh
B TeMHoTre (Guiragossian, Koning, 1986), omHako
MPU UCMHOJBb30BAaHUN KPACHOTIO CBETa CTUMYJIMPOBa-
Ju npouecc, npudyeM 3¢ddexT 'K, okazancsa 6onee
BBIPAXEHHBIM, yeM 'K, ; ;. OcCoGeHHOCTH BIUSHUSA
I'K; Ha nmpopacTtanue criop L. japonicum B TEMHOTE U
MPU OCBELLIEHUN MO3BOJIUIN aBTOpaM UCCIeTOBAHMS
(Kagawa, Sugai, 1991) npeanoaoXuTh, YTO KpaCHBIMI
CBET aKTUBUpPYET OMOCHHTE3 THMOOepe/JIMHOB, 4TO
MPUBOAUT K YIYUYILISHUIO TPOPACTAHUS CIIOP.

Cnopsl Campyloneurum angustifolium (Sw.) Fée,
C. phyllitidis (L.) C. Presl., Lepisorus thunbergianus
(Kaulfuss) Ching, Microgramma heterophylla (L.)
Wherry, Phymatosorus scolopendria (Burm. f.) Pic.
Serm. u Polypodium pellucidum Kaulf. mpopactanu B
MIPUCYTCTBUM COOCTBEHHOTO aHTEPUIMOTeHa, KOTO-
PBIN TaKKe MHIAYIIMPOBAJ pa3BUTHE aHTEPUAMEB Ha
npotauiuu (Chiou, Farrar, 1997). HanpoTtus, criopbl
Phlebodium aureum (L.) J. Sm. Ha coocTBeHHBIIT Al'
He pearupoBaji, a IpopacTaiv B IPUCYTCTBUU aHTE-
punuoreHa Bupa Pteridium aquilinum (Al'p), npu
sToM Al'p, HE TIPOSIBIISIIT BUIOBOM CITETM(UIHOCTHA 1
TTOJIOKUTESIBHO BIIMSUT Ha TIpOpacTaHue CIIop U pas3-
BUTHE aHTEPUINEB BCEX MEPEUMCICHHBIX BBIIIE BU-
OB TTarlOpOTHUKOB. C APYTOif CTOPOHBI, aHTEPHUIHO-
reH Ph. aureum cTUMyIMpOBal MIpopacTaHUE CIIOP
Onoclea sensibilis L. (Chiou, Farrar, 1997).

HccnemoBanus 3¢p@eKTOB HMTOKMHUHOB U ayK-
CUHOB Ha IIpopacTaHUEe CIIOP NallOPOTHUKOB HEMHO-
rounciaeHHbl. CuHTeTndeckuit aykcuH 2,4-J1 (2,4-mm-
XJIOpEHOKCUYKCYCHAsI KCJIOTA) He BIMSUI Ha IIpopac-
taHue criop Pteris longifolia L. (Strickler, 1946) u
Alsophila odonelliana (Alston) Lehnert (Bonomo,
2013). HamMu OBLIO yCTAHOBJIEHO, YTO 3K30TC€HHAs
obpabotka 6-6eH3mnamMuHoMmypuHoM (BAIT) B KoH-
ueHTpanmuu 10> M CyIIeCTBEHHO TOPMO3WJIA IIPO-
pactaHue criop Polystichum aculeatum, a Ipyu KOH-
neHTpauuu ropmona 107%, 10~7, 10-® M ctumynupy-
ot acpdexkr orcyrcTBoBaa (Babenko et al., 2018).
B npyrom nccnenosanuu (Bonomo et al., 2013) coo0-
manock, 4yto BausHue BAII B koHueHTpamusx 0.01,
0.1, 1.0 Mr/n Ha mpopacTtanue cnop Alsophila odonelli-
ana OBITTO cl1abo BEIpaxkeHHO. JloOaBieHNE B cpeny
BAII u 'K, yckopsiio nmpopactanus ctiop Preris iner-
mis (Rosenst.) Sota, Torna kak otaesbHO BAIT Ha npo-
pactaHue criop cymectBeHHoO He Bimusi1 (Tanco et al.,
2009). Hamu (Romanenko et al., 2019) 6b110 110Ka3a-
HO, uTo 3K30reHHble LIK kuHeTuH, BAIT, N®-2-130-
nenteHunaneHuH (UITA) nHrubupoBaiu mmpopacra-
Hue crop Dryopteris filix-mas (L.) Schott, ipu aToM
apdexT ObUT IMpsSIMO IIPONOPLMOHANIEH KOHIIEHTpa-
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Sphenomeris chinensis
I Schizaea pusilla

Preris longifolia

e Alsophila odonelliana |
L_ " Onoclea sensibilis
[ Ceratopteris richardii

[ Polystichum lonchitis

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

( 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
Pteris inermis

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

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

Matteuccia struthiopteris
Mohria caffrorum

Puc. 1. ®utoropmMoHaabHas peryysiius npopactaHus crnop. O603HauUeHMsI: CIUIOLHAS JIMHUSI — TTO3UTUBHOE NEWCTBUE; JIU -
HEWHBIN MyHKTUP — HEraTUBHOE, TOYCUHBIN MyHKTUP — HelTpanbHoe; [ K — rub6epemnunnl, AI' — antepuauore, LK — mu-
TOKWHUHBI, A, ,;r — QYyKCUHBI cCMHTeTH4ecKne; OT — atwiieH, KK — xxacMonoBast kucnora, ABK — a6cumsosas xkuciora,
BC — 6paccuHocTepoubl (MMpUBeIeHHbBIC CBEICHUS afallTUpoBaHbl M3 Suo et al., 2015 1 TONOJIHEHBI).

1y ropmoHa. OKa3ajioch, YTO HAMOOIBIINIA MTHTOW -
pytormmii apdexr mposeast UITA. TlonmoxureasHO
BJIMSIT HA MpOpacTaHue CIOp 3eaTWH, KOHLIEHTPAIUs
ropmoHa 1077 M 6bu1a camoii apdextusHoil (Roma-
nenko et al., 2019).

B paborax npyrux aBropos (Jarvis, Wklkins, 1973;
Chia, Raghavan, 1982) coo61anochk, 4To 9K30reHHast
ABK B koHueHTpauuu 10 Mr/1 He BIIMsiia Ha TIpopac-
TaHue criop Mohria caffrorum Sw. u Matteuccia struthiop-
teris (L.) Tod. B To Xe Bpemsi ObLUIO IT0OKa3aHO, YTO
ABK B KOHIIEHTpaLu 5 MT/JI IOJIHOCTBIO OJIOKUPO-
BaJjia mpopactaHue cniop Lygodium japonicum (Swami,
Raghavan, 1980).

OTUJIeH B TEMHOTE€ MHTHMOMpPOBaJ IIpopacTaHUe
criop Onoclea sensibilis, ogHaKO TIpU HOPMAJILHOM
ocsenieHnu go 50% cnop mpopactano (Edwards,
Miller, 1972; Fisher, Miller, 1975). ®oTouHayLupo-
BaHHOe MpopacTtaHue criop O. sensibilis perynupoBa-
JIOCh Ha YpOBHE aHTarOHMCTUYECKOTO B3aMMOICii-
ctBus mexay CO, u atuneHoM. Eciu aTuiieH nojHo-
CThIO yTHeTaa IpopacTaHue CIop B TEMHOTE, TO B
JajbHelIlIeM TaKoe MHIMOMPOBaHYE YaCTUYHO yCTpa-
HsUTOCh Mpu ocBellieHuu U oopadborke CO, (Edwards
1977). O6paboTKa Crop 3TWICHIPOAYLIEHTOM 2-XJI0pP-
aTUI(OCHOPHOM KUCTOThI YCKOPsIa BCXOXKECTb CBE-
XKecoOpaHHBIX U He3pelbIx criop Ceratopteris richardii
Brongn., omHako MHrmOMpoBaaa mpopacTaHue 3peiTbIxX

U JUIUTeJIbHO xpaHuBIIuxcs crnop (Warne, Hicko,
1987). IlonydyeHHBIE pe3yabTaThl IIO3BOJWINA aBTO-
paM TIPEANOJIOXKHUTh, YTO 2-Xjop3TuiipochopHas
KUCJIOTa YCKOPSIET TTPOLIECCHI CO3PEBaHUSI HE3PETbIX
CIIOp 1 CTapeHMUS 3PEJIbIX, 3 O0BSICHSIETCS 3TO BEICBO-
OOXIeHUEeM 3THJIEHA TIPU TUIPOJIUN3E 2-XJIOPITUII-
¢dochopHOIt KUCIIOTHI U MOCAeAyIoNIei akTuBalei
TOPMOHOM BBIIIEYIIOMSIHYTEIX mponeccoB (Warne,
Hickok, 1987).

KK He Biusiia Ha mpopactanue cnop Platycerium
bifurcatum (Cav.) C. Chr., omHaKo, akTUBUpOBaJIa paH-
Hee pa3BuTHe U pocT pusonnos (Camloh et al., 1996).
CnenyeT oTMETUTh, YTO TTOomoOHbBIe 3(pdekThl KK 1
ABK Habmomanuce Tpu MpopacTaHUU CEMSIH BbIC-
mux pacteHuii (Wasternack, 2007).

BpaccrHocTeporabl yaydiaiy IpopacTaHue CIop
Polystichum lonchitis (L.) Roth. 'opMOH B KOHIIeHTpa-
mu 10~7 M 6b11 HanbGonee 3(pPeKTUBHBIM. B TO Xe
BpeMst bC yrHetanu npopactanue Preridium aquilinum
U He BIYsUIM Ha criopsl Preris vittata L. (Gémez-Garay
etal., 2018). ITo MHeHUIO aBTOPOB HccaenoBanus (Go-
mez-Garay et al., 2018), smusinue BC cBsizaHo ¢ obpa-
30BaHUeM aHrtepuauoreHa. Cropel P aquilinum w
P, vittata 6111 OCTaTOYHO YyBCTBUTENLHBI K Al (G6-
mez-Garay et al., 2018), Torna xak B criopax P, lonchitis
KOJIMYECTBO CHUHTE3UPYEMOro TOPMOHA 0Ka3alloCh
HuskuM (Pangua et al. 2003). HemaBHue nccienoBaHus
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ToKa3aJii, 9To 3K30reHHble bC mmomasisgroT OnocnHTE3
sHporeHHbIX bC, a Takke aKTUBUPYIOT Te€HbI, OTBE-
yapue 3a akTuBHOCTh ['K;-okcupaswl, sH3MMa
YY4acTBYIOILIETO, B MHAKTUBAallMM TIHOOEpeIMHOB
(Tong et al., 2014).

BIIMAHUWE SK30TI'EHHBIX ®DUTOITOPMOHOB
HA MOP®OTEHE3 TAMETO®HMOB
B KVJIbTYPE IN VITRO

l'ameToduTaM NarmopOTHUKOB CBOMICTBEHEH TaJl-
JIOMHBII TUII MOP(OJIOrnIecKoi opranu3annu (Ap-
HayToBa, 2008). OcoOeHHOCTH pa3BUTUS TaMeTODU -
TOB B KYJIBTYPE in vitro IpoaHaJIM3UPOBaHEI B pad0Tax
(Ilemuxan, Hekpacos, 2018; Rivera et al., 2018). B
TabJ1. 1 MBI TIpeACTaBUIN UMEIOIINECs B HAYIHOM JIN-
TepaType JaHHBIE O BIIMSIHUM 9K30T€HHBIX (PUTOrop-
MOHOB Ha Mop¢oreHe3 raMeTo(1UTOB NaITOPOTHUKOB.

Muanomn-3-ykcycHas kucnora (MYK) crocob-
CTBOBAaJIa VIJIMHEHUIO TIPOTOHeMEBI Onoclea sensibilis B
KylbType in vitro B TeMHote (Miller, 1961). Huskue
KOHIIEHTpALIM TOPMOHA BbI3bIBAJIM YBEJUUESHUE YK C-
JIa KJIETOK U 3HAUYUTEJIbHOE BHITSITMBAHWE IIPOTOHEMBI,
TOT/a Kak Ipu BbICOKOI KoHLIeHTpaiu MYK mnpoto-
HEMBbI COCTOSUIM U3 MEHBIIIEr0 KOJIMYecTBa KJIETOK U
nprodpeTaa KoMIakTHyo dopmy (Miller, 1961). B
BbICOKOI KoHIeHTpauuun MYK yrHerana nemeHue
KJIeTOK B IIpoToHemax Pteridium aquilinum (Sobota,
Partanen, 1967). B To XXe BpeMst ayKCUH He BIUSII Ha
pasButue rametodurta Anemia tomentosa (Savigny)
Swartz var. anthriscifolia (Schrader) Mickel (Castilho
et al., 2018). UYK, unnonwi-3-aueronurpui (MAH)
U CUHTETUYECKUI ayKCUH 2,4-]] TakxKe aKTUBHUPOBa-
JIU IeJIeHUe KJIETOK U MHIYLIMPOBAIN Pa3BUTHUE HUT-
YaThIX TaJLIOMOB y Lygodium japonicum (Swami, Ra-
ghavan, 1980), onHako, B KomOuHauuu ¢ ABK ato
BJIMSIHUME HUBEJIMPOBAJIOCH, BCIEACTBME YErO pa3Bu-
BaJIMChb MEHEEe IJIMHHbIE, PACHIMPEHHbIE TaJJIOMBI.
MNYK kxoHTposupoBaja oOpa3oBaHUE PU3OUIOB Y
Platycerium coronarium (Koenig) Desv. (Kwa, 1995).
CuHtetnyeckue aykcuHbl HadTunykcycHasa (HYK)
u 2,4,5-tpuxiiopeHokcuykcycHas (2,4,5-T) kucio-
Thl MOAABJISIIA aKTUBALUIO OOKOBOW MEPUCTEMBI y
Ceratopteris richardii, B pe3yJbTaTe 4ero U3MeHsJIach
dopma Tayutoma (Gregoric, Fisher, 2006). HYK crmo-
coOCTBOBaJIa Pa3BUTHIO KpaeBbix puzounoB y Cera-
topteris thalictroides (L.) Brongn., Torna Kkak B KOHTpOJIE
OHU (OpMUPOBAIMCH B 0Oa3aIbHOI YacTW TajuioMa
(Hickok, Kiriluk, 1984). O6pa6oTtka 2,4-/1 yBenu4uBa-
J1a pasMmephl KireTok npotamnus C. thalictroides, a Takke
WHULIMUPOBaJIa pa3BUTHE YIJTMHEHHBIX TAJJIOMOB. BbI-
COKVE€ KOHIEHTPALIMU 3T IBYX CUHTETUYECKUX ayKCU-
HOB OKa3bIBIM JIETAIbHOE JEHCTBUE Ha pa3BUTHE Tra-
MmetoputoB C. thalictroides: mocie mpopacTaHusl CIIOPbI
JabHEHIIWI pOCT IMPOTOHeMBI TTpekpainaicsa. YK u
uHaonui-3-macisgHas kuciaora (MMK) He okasbiBaiu
CYILIECTBEHHOTO BIUSHUS Ha (hOPMY TAJUIOMOB U POCT
puzounoB C. thalictroides (Hickok, Kiriluk, 1984). I1pu-
MEHEHUE KaK HU3KUX, TaK U BBICOKMX KOHLIEHTpaIIUiA
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UMK y Blechnum spicant oTpuiaTeIbHO CKa3bIBaJIOCh
Ha pocTe raMeTo(HMTOB Ha BCEX ITaIlaX OHTOIeHe3a,
CIOCOOCTBOBAJIO MOSIBJICHUIO OOJIBIIOT0 KOJIMYECTBA
3apocTKOB 0e3 pa3BuTtoii MepucteMbl (Fernandez et al.,
1997). Ilpu Hu3KoIli KOoHLIeHTpaluu 2,4-J1 06pa30BbI-
BJINCh CWILHO BBITSIHYTHIC NpoTauu y Alsophila
odonelliana, a ¢ yBenuyeHNEM KOHIICHTpAIIMM ayKCUHA
POCT raMeTO(UTOB 3aMEIISIIICS, TAJUIOMBI OBIJIN BBITSI-
HyTOI (hOPMBI CO ¢J1a00 BBIpaKeHHOI1 BeIeMKOIi (Bono-
mo et al., 2013).

I'K; B BBICOKOI KOHIIEHTpAIIMK TTOAABIISIa POCT
npotauust Lygodium japonicum, Torna Kak B HU3KOM —
He BiusiIa Ha ero pa3Butue (Takeno, Furuya, 1977),
VI CIIOCOOCTBOBaja PACTSKEHMIO KJIeToK (Swami,
Raghavan, 1980). YV Blechnum spicant no6aBieHue B
cpeny I'K; B koHuentpanusix 0.5, 5 u 50 uM cyme-
CTBEHHO MHTHOMPOBAJIO POCT TaMeTO(MDUTOB Ha BCEX
aTamax OHTOreHe3a WM TIPEISITCTBOBAJIO Pa3BUTHIO
cnopoduTtoB (Fernandez et al., 1997). 'K, Biusiia Ha
KJIETOUHOE JieJieHue B MpoTaJutusix Anemia phyllitidis,
YTO MPUBOIUIIO K YMEHBIIEHUIO CKOPOCTH NEJICHUSI
KJIETOK 1 00pa30BaHUIO TAJIJIOMOB MEHBIIIMX pa3Me-
pPOB, a POCT TIPOTAJUTUS OCYIIIECTBIISITICS 3a CUET pac-
TSDKEHUST OTHeNbHbIX KieTokK (Kazmierczak, 1998,
2003). IMomobOHbie 3(hpeKTE oTMeYeHBI U miIst Os-
mundastrum cinnamomeum (L.) C. Presl, y koToporo
TOPMOH B HU3KOI KOHILIEHTPpallUX 3HAYUTEJILHO YBe-
JINYUBAJI pa3Mepbl TPOTAJIINS, TOTIA KaK IPU YBEJI -
YEeHUU KOHIICHTPAIIMK pa3Mep TajioMa ObUT MEHBIIIe
koHTpoJssa (Hollingsworth et al., 2012). Hamu uccie-
nmoBanus (Babenko et al., 2018) moka3anu, 9To BBICO-
ke KoHueHTpaumuu 'K, yrHeramm dopmupoBaHme
MepUCTEMbI U CITOCOOCTBOBAJIU MOSIBJICHUIO HEOOIb-
IIIUX BBITSIHYTBIX TaJJIOMOB 0€3 XapaKTepHOI cepi-
1ieBuaHOU popMbl y Polystichum aculeatum. C yBenu-
yeHueM KoHueHTpauuu I'K; HaGmopanuchk aHoMma-
JINY B Pa3BUTUM MEPUCTEMBI, CeparieBUIHAs hhopMa
TajI;IoMa TIPHUCYTCTBOBAja, OMHAKO MMela HEPOBHBII
Kpaii 1 medbopMupoBaHHYIO BEIeMKY (Babenko et al.,
2018).

Hutoxununbl BAII, UITA 1 KMHETUH UHAYLU-
poBaiim MopdoreHe3 y rametodutoB Ceratopteris
richardii, BeIpallleHHBIX B TEMHOTE, BJIMSIJIM HAa CKO-
pOCTBb pocTa, aejecHue U nuddepeHInanio KIeToK
(Spiro et al., 2004). O6paboTtka atumu 11K B KOoHIIEH-
tpauuu 10712 M criocobcTBOBajIa YMEHBILIEHUIO UTH-
HBbI KJIETOK, YCKOpsUIa MX JICJICHUE B allMKAJIbHOI 30HE
MpOTAJUINS, MHAYLIMpOBaja oopa3zoBaHue pu3onaoB. C
MOBBIIIIEHUEM KOHIICHTpAllM TOPMOHOB aKTUBUPOBA-
JIOCh (pOpMUPOBAHME MEPUCTEMBI U allMKaJIbHOI BbI-
MK, TIpY 3TOM HanboJiee akTuBHBIM ObUT BAIT (Spiro
et al., 2004). ITocime o6paborku BAII BEICOKOI KOH-
LIEHTpallUi pa3Mep TPOTAJIUSI BbIpAlIEHHBIX Ha
cBety rametopuToB C. richardii 3Ha4UTETHHO YMEHbB-
majcst. CHIKeHUe KOHIEHTpAllM rOpMOHa Cyllle-
CTBEHHBIX M3MEHEHUI B pa3sBUTUM rametrodura He
BBI3BIBaJIO (Spiro et al., 2004).
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Tab6auua 1. BiusiHue 3k30reHHBIX (PUTOrOPMOHOB Ha MOpdoreHe3 raMeTo(UTOB B KYJIbTYPE in Vitro

KonueHnrpanus
Bun duroropMmoH uToropyona Db dekT puToropMoHa WcTouHuk
AYKCHWUHBI
Onoclea sensibilis NYK 1075 M YKopo4yeHHbIE MPOTOHEMEBI, YMeHb- | Miller, 1961
IIEHUE KOJIMYECTBa KJIETOK B ITPO-
TaJTUU
1076, 1077, 10~ M | BoITATMBaHME TPOTOHEMBI, aKTUBA-
LS OeIeHUST KJIIETOK
Prteridium aquilinum| YK 105 M NHrubupoBaHue KJIeTOYHOTO Sobota, Partanen,
NieJieHus, KoMnakTHast hopma 1967
MPOTAJLIUS
Lygodium japonicum| YK 2 Mr/n HwuruaTtast ¢popma Tajutoma, aktuBa- | Swami, Raghavan,
2,4-11 0.01—5.0 mr/n 1Ml KJIETOYHOTO JeIeHUST 1980
MNAH 5 Mr/n
Ceratopteris thalic- |2,4-11 1074 M JleranbHOe neiicTBue Hickok, Kiriluk, 1984
troides
1075,10°M YBennueHue pa3mMepoB KIETOK,
oOpa3oBaHue YIJTMHEHHBIX
TaJUIOMOB
HYK 1074 M JleTanpHOE meiicTBUE
1076, 100" M Pa3BuTiie KpaeBEIX pU30HUIOB
NYK, NAH 1075, 107°, 10~7 M | HeliTpanbHoe neiicTBue
Platycerium coro- |HNYK 8§0—100 uM AKTUBalLMs pOCTa PU3OUIOB Kwa, 1995
narium
Blechnum spicant NMK 5,50 uM NHrubuposanue opMupoBaHUst Fernandez et al., 1997
MEPUCTEMBI
Ceratopteris richardii | HYK 105 M WurubuposaHue akTuBHOCTH 60KO- | Gregoric, Fisher, 2006
2.4.5T 104 M BOI1 MEPUCTEMBI, Q)?pMHpOBaHMe
TaJUIOMOB OKPYTJION (hOPMBI
HeOOJIBIIIOTO pa3Mepa
Alsophila odonelli- |2,4-11 0.1 mr/n Oo6pa3oBaHue yIJIMHEHHBIX HUTe- | Bonomo et al., 2013
ana BUIHBIX MPOTAJIJINEB C pa3BeTBIIe-
HUSIMU
2 Mr/n O6pa3oBaHNe YKOPOUYEHHBIX HUTE -
BUIHBIX ITPOTAIIIUEB
Anemia tomentosa |NYK 2.8;5.4;11.4 uM HeiitpansHoe ngeiicTBue Castilho et al., 2018
T'MBBEPEJIJIMHDBI
Lygodium japonicum| 'K, 1074, 10° M TopmokeHre pocTa MpoTaJLIUS Takeno, Furuya, 1977
1075, 107" M PacTsixkeHue K1eToK npoTauivs Swami, Raghavan,
1980
Blechnum spicant I'K; 0.5,5u 50 uM Nuruoupopanue pocra rametoduron | Fernandez et al., 1997
Anemia phyllitidis | TK; 1075 M, 30 uM PactsikeHue KeToK, CHUXKEHUE Kazmierczak, 1998;

KJIETOYHOTO JICJICHUSI B BEreTaTHUB-
HBIX KJIETKax, 00pa30BaHUE TalI0-
MOB HeOOIBIIOTO pa3Mepa

Kazmierczak, 2003
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Tab6auma 1. TIpomomkeHue
KonueHnrtpa
Bun duroropmoH (I)OI/II-;L([)FI(-)I;I;/I ;g:[ DddekT puToropmMoHa WcTounuk
Osmundastrum I'K; 1074 M VBenuueHue padmepoB npotaumist | Hollingsworth et al.,
cinnamomeum 2012
1073 M O06pa3oBaHUe TaJJIOMOB HEOOJIb-
11I0T0 pa3mepa
Polystichum I'K; 1075,10°M O6pa3oBaHUE TAIJIOMOB HEOOJIb- Babenko et al., 2018
aculeatum 11I0TO pa3Mepa BBITSIHYTON (DOPMBbI
1077, 108 M O6pa3oBaHUEe HECUMMETPUYHBIX
CepALEeBUIHBIX TAJZIOMOB C nedop-
MMPOBAHHOM BbIEMKOI
HIMTOKNMHHWHBI
Ceratopteris richardii | BAII, UTTA, 1079, 1078, 10~7 M | AKTUBaLUs 0Opa3oBaHUsI MEPU- Spiro et al., 2004
(6e3 ocBellleHUs) | KWHETUH CTEeMBbI U BBIEMKU, UHAYKIIUS (DOTO-
MopdoreHesa
10-2 M CHIXeHMe pacTSKESHUS KIIETOK,
uHAYKIMsa oToMopdoreHesa,
aKTUBALIMS KJIETOYHOTO ACJICHUS U
00pa30BaHUs PU3OUIIOB
Ceratopteris richar- | BAI1 107 M YMeHbllleHre pa3MepOB MPOTAJLIHUS
dii (¢ ocsemenmen) 10°°M HeiitpanbHoe neiictBue
Blechnum spicant BATI 0.5; 5; 50 uM MHruéuposaHue opMupoBaHUst Fernandez et al., 1997
MEPHUCTEMBI
4.44 uM Hedopmarius Tauioma, orcyrctBue | Menéndez et al.,
cepALIEBUIHON (DOPMBI 2009
Osmunda regalis Kunetun 0,1 nM VBenndeHue pa3MepoB TAJUIOMA, Greer et al., 2012
CTUMYJIMPOBAHUE Pa3BUTHS alli-
KaJIbHOU MEPUCTEMBI
1073, 10* M YMeHbllIeHre pa3MepoB TalIoMa,
nedopMalmsi BEIEMKA
Alsophila odonelliana| BATT 0.01, 0.1, 1 mr/n OO6pa3oBaHMe HUTYATHIX U pa3BeTB- | Bonomo et al., 2013
JICHHBIX TIPOTAJLJIVEB
Polystichum BAII 1075, 10, 10~7 M | broxuposanue pazsutus HopMainb- | Babenko et al., 2018
aculeatum HOI TPOTOHEMBI, TTOSIBJIEHUE
HECKOJIbKMX MHULIMATbHBIX KIETOK
108 M O06pa3oBaHUe MPOTAJUIMEB C pa3-
BETBJICHUSIMU U HEPOBHBIM KpaeMm
Dryopteris filix-mas | UTIA 1075, 10° M BnokupoBaHue pazputusi Hopmaiib- | Romanenko et al.,
HOI IPOTOHEMBI, YMeHbIIeHue pa3- | 2019
MEepPOB MPOTAJUTUS, UTHTHOMPOBaHKE
pPa3BUTUST PU3OUIOB
UIIA 107,108 M O06pa3oBaHNE BBITSIHYTHIX TAJUIOMOB
BAII, xunetuH, |10~> M AKTUBays pa3BUTUSI pU3OUIOB,
3eaTUH 00pa3oBaHUe TAJUIOMOB ¢ AedhopMa-
UMK
BAII, kunetuH, | 10~7, 10~ M AKTUBaIMs KJICTOYHOIO OCJICHUS,
3eaTuH yBeJIMYeHNE pa3MepoB TaJuloMa
OHTOTEHE3  Tom 51 Ne 2 2020
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Taomuma 1. OxoHuaHue

POMAHEHKO wu np.

Konuenrpanus

duroropmoH
¢duToropMoHa

Bun

DddekT puToropmMoHa WcTounuk

Abcnm3oBas
KHCJIOTa

Lygodium japonicum 0.5, 1 mr/n

NurnbupoBaHme KJIETOYHOTO Aeiie-
HUsI, GOpMUPOBaHUE YKOPOUESHHBIX
MPOTAJLIUEB

Swami, Raghavan,
1980

Ceratopteris richardii 1074 M

MHurudéuposaHue pocTa pu3oua0B,
aKTUBHOCTH MEPUCTEMBI

Hickok, 1983

107 M

AKTHUBUPOBaHUE POCTa PU3OUIOB,
pPa3BUTHE TATIOMOB MEHBIIIETO pa3-
Mepa

Onoclea sensibilis OTrieH 0.01—1000 ppm

Wurubuposanue kierouHoro aene- | Miller et al., 1970
HUSI, pacTsSKeHUe KIIETOK, YIJIMHe-
HY€ HUTU TPOTOHEMBI, TOPMOKEHUE

pocTa pU30UIOB

2KacmMoHoBas
KMUCJIOTa

Anemia tomentosa 0.01; 1; 10 uM

AKTHUBHBII pOCT TaJJTOMAa U pa3BUTHE
cropodUTOB Ha €ro MOBEPXHOCTH

Castilho et al., 2018

Platycerium bifur-
calum

0.01, 1 uM

AKTUBaIUS IeJieHUsT KIeToK, nepe- | Camloh et al., 1996
XOJ, OT HUTYATOM K JIONAaTOBUIHOM
dbopme, yBemnueHMEe KOJIMYeCTBA

W JJIMHBI pU30U 0B

10, 100 uM

Nurn6upoBaHme Bcex poOCTOBBIX
TPOIIECCOB

Ipumevanue. 2,4-J1 — 2,4-nuxinopdeHoKcuyKcycHast kucinora; 2,4,5-T — 2,4,5-tpuxiiopdeHokcuykcycHas kuciaoTa; BAIl — 6-6eH-
swtamuHoMypuH; I'K3; — rm66epemnosasa kucinora; UMK — nanommn-3-macnsanasa kucnora; MTTA — NP-2-n3oneHTeHWIaIeHUH;
NYK — unnonun-3-ykcycHast kuciiota; HYK — HadTumykcycHast kuciora.

HobaBieHre MUKPOMOJSIPHBLIX KOHIIEHTpaLWii
BAII B cpeny BoipaimBanust Blechnum spicant BbI3bIBa-
JIO 3amep:KKy paszButus nportamivs (Menéndez et al.,
2009), nonapieHue (popMUpoBaHUE MEPUCTEMbI, UH-
rubupoBayio pazsutue cnopoduron (Fernandez et al.,
1997). BHeceHUe KMHETHMHA B KYJbTYPaJIbHYIO CpEdy
rameTodutoB Osmunda regalis L. mokaszanao, 4to c
YBEJIMYEHUEM KOHIIEHTpAllMi TOPMOHA pa3Mep cep/l-
LIEBUIHOTO TajlIoMa YMEHbIIWICS, nechopMUpOBaiach
BbIEMKa MEXY JIOMACTSIMU, MHTMOUPOBAIOCHh pa3BU-
THE anmKajabHoII MepucteMsl (Greer et al., 2012). ITpu
BhIpalquBaHuM ramerodura Alsophila odonelliana B
KynbType in vitro nooasneane BAII pa3zanmyHoit KOH-
LIEHTpallMM MHULMMPOBAJIO OOpa30BaHUE BBITSIHYTbHIX
HUTYATHIX WIN Pa3BETBICHHBIX MPOTA/INEB U MHOIO-
YHCJIEHHBIX pojmdepaimii Taioma (Bonomo et al.,
2013). Hamu uccnenosanust (Babenko et al., 2018) no-
Kazanu, uto BATI 6j1okrpoBan pa3BUTHE TPOTOHEMBI
Polystichum aculeatum B XyJbType in Vvitro, a CTeIEHb
BJIMSTHUSI TOPMOHA 3aBUCeEJIa OT €ro KOHLICHTPAalluU B
nuTtareabHol cpene. Tak, B BBICOKMX KOHIIEHTpally-
sx BAII BbI3BIBAJI MOSIBIIEHUE YKOPOUYEHHBIX MPOTO-
HEM C OIMHOYHBIMU OOKOBBIMU BeTBIeHUSIMU. 1o Me-
pe€ CHIDKEHUs KOHILIEHTpalluu B cpelne, TPOUCXOANIO
00pa3oBaHue JIOMATOBUIHOTO MTPOTAJUIMS, YACTO C pas-
BETBJICHUSIMU 1 HepoBHBIMM Kpasimu (Babenko et al.,

2018). ITocnenyroniue Hamm 3KcnepuMeHTH (Roma-
nenko et al., 2019) noka3aiau, 4TO BICOKME KOHIICH-
tpauuu UITA, BAII, knuHeTHa 1 3eaTHA TOPMO3U-
JIU pa3BUTHE MpOTOHeMbl Dryopteris filix-mas, UHU-
LIMUPOBAIM OOpa30BaHUE CEPALEBUIHBIX TAJLIOMOB
nedopmupoBaHHOi ¢GopMbl. Huzkue KoHLeHTpau
5TUX TOPMOHOB aKTUBUPOBAIN KJIETOUHOE AcJICHUE, B
pe3yJbTate 4ero KOJIMYECTBO KJIETOK B MPOTAUIMSIX
yBEIMUUBATIOCh. OIHAKO TO/ BIMSHUEM HU3KOM KOH-
neHTpauym UITA, BATl, kmHeTHA 1 3eaTHA TIPOIOJI-
JKaJli pa3BUBAThLCSI aHOMAaJIbHbIE CEPALIEBUTHBIE TAJLIO-
MBI, B To ke Bpems st LIK akTuBrpoBaimm pocT u pas-
BuTHe pu3ounoB y D. filix-mas. DddekT Bo3pacTai ¢
MOBBIIIIEHWEM KOHIEHTpalliM TOPMOHOB B MNuUTa-
TeabHO cpene. [deiictBue MITA GbL10 cCaMbIM BbIpa-
KEHHBbIM. ['OpMOH B HauBbICIIEH KOHLIEHTpaluu
O0JIOKUpOBaAJl pa3BUTHUE MPOTOHEMBI, a B Hauboliee
HU3KOH — CepIleBUIHOTO TajioMa. 3eaTUH B Ma-
JIBIX KOHILIEHTpAlMsIX CTUMYJUPOBAJ pa3BUTHUE Ta-
MeToduTa, MUHUMU3UPOBAJ MosiBJIeHUE nedopma-
LM TaJuIoMa, aKTUBUPOBaJI POCT U pa3BUTHUE MHO-
royrciieHHbIX pu3ouaoB (Romanenko et al., 2019).

AOcCII1M30Bast KMCJIOTa TofaBiisuia JejeHue U yIiu-
HeHue KJIeToK rametohuToB Lygodium japonicum, Bbl-
pallleHHBIX B PEeXWMe KPacHOTO W CHMHEro CBeTa, B
CJIEICTBUM 9eTO (POPMHUPOBATIICH YKOPOUYECHHEBIE TIIIOC-
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kue npotaumu (Swami, Raghavan, 1980). I1pu coB-
MecTHoM TipuMeHeHun ABK u 2,4-J1, B oTiinuue ot
pas3nesbHOTO NEMCTBUSI TOPMOHOB, OOPa30BBIBAIMCH
BBITSIHYThI€ TAJJIOMbI, COCTOSIIIIME M3 OOJIBIIIETO KOJIU-
yecTBa KieTokK (Swami, Raghavan, 1980). Muruoupy-
follee aeiicTBUe BBICOKON KoHLeHTpauuu ABK Ha
POCT MEPUCTEMBI MPOTAIMS U PU3OUIOB ITOKA3aHO
st Ceratopteris richardii. B HU3KOI KOHLIEHTpaluU
TOPMOH CTUMYJIUPOBaJ POCT PU3OUIOB U UHIYLIM-
poBaJl pa3BUTUE Ta/ULIOMOB MEHbIIETO pa3Mepa
(Hickok, 1983).

Ha stamne passurtnsa npotoHeMbl Onoclea sensibi-
lis aTJIEeH MHTMOMPOBAJI IeJIeHUEe KIeTOK, MHAYIIM-
poBaJl UX pacTsKeHUE U YIJMHEHWE TpoTalidaib-
HOI HUTH, 3aMeIJIsiiT pocT pusounoB (Miller et al.,
1970). F'opMOH YCKOPSIJI peopraHrU3aluio siAepHOIo
xpomaTtrHa u nHaynuposan cunte3 JIHK B sape aH-
TepUANAILHON YaCTH KJIETOK MYKCKOTO raMeTodu-
ta (Kazmierczak, 2010).

2KacMoHOBasI KMCJIOTa aKTUBUPOBaJIa KIECTOUYHbBIE
MpOoLIECChl HAa paHHUX (pa3ax OHTOreHe3a raMeToduTa
Platycerium bifurcalum (Cav.) C. Chr. (Camloh et al.,
1996). B Hu3kux KonneHTpauusax 2KK crumynposa-
Jia leJieHWe KJIeTOK U paHHee Pa3BUTHUE ITPOTOHEMBI,
yCKopsiia IIepexoa raMeToduTa OT HUTIATON K JIO-
MAaTKOBUIHOM (popme, CIIocOOCTBOBAJA YIJINMHEHUIO
U yBeJIUYEHUIO KoJimuecTBa pu3ouaos (Camloh et al.,
1996). I1poTUBOITOIOXHEIM 3 (HEKT HAOTIOIATIH TP
MIPUMEHEHUM TOPMOHA B BBICOKMX KOHIIEHTPAIIMSIX.
AsTtopsl uccienoanus (Castilho et al., 2018) o0bsic-
HSIOT pocTcTumysmpyloniee neiicteue KK akTusa-
nnent cuarte3a MPHK, BeI3BaHHOE TOpMOHOM. DK30-
reHHast 2KK crioco6cTBoBajia akTUBHOMY POCTY Ta-
METO(UTOB U JAJIbHEUIIIEMY pa3BUTHUIO CIIOpoduTa
Ha ITOBEPXHOCTU TaJuIoMa y Anemia tomentosa var. an-
thriscifolia (Castilho et al., 2018).

BJIMAHWE DK30TEHHBIX ®DUTOIOPMOHOB
HA ITOJIOBOU AMMOPD®U3M U ATTOTAMUIO
TAMETO®UTOB B KVJIBTYPE IN VITRO

ITonoBOMY MOKOJIEHNIO MHOTUX BUAOB ITallOpoOT-
HUKOB CBOMCTBEHEH IOJIOBOM TUMOPOU3M, TIPU KO-
TOPOM (POPMUPYIOTCS MYKCKHE, XEHCKUE U IBYITO-
Jible (6rcekcyanbHble/TepMadpoauTHBIE) (DEHOTUITHI
(Banks, 1999). MHnykTopoM mosjoBoro ¢peHoTura y
PaBHOCIIOPOBBIX MAIIOPOTHUKOB SIBJISIETCS aHTEPH-
JIUOTEeH, CEeKpEeTUpPYeMbIii ramMeTo(puTOM IIepBOHA-
yanbHO Ha ctanuu Ipotaiusa (Tanaka et al., 2014).
HawnbGosee akTMBHO TOPMOH CHMHTE3MPYETCS Ha CTa-
nuu cepaueBugHoro tauioMa (Atallah, Banks, 2015).
IMocne BeimereHnst AI' BO BHEIITHIOIO Cpemy ITPOUCXO-
AT WHIYKIMS Pa3BUTHST MY>XKCKHMX TaMETaHTHEB B CO-
ceTHUX Oecnobix rameTopurtax (Strain et al., 2001).

HccnenoBanus (Fernandez et al., 1997; Kazmierczak,
1998, 2003; Menéndez et al., 2006a) nmokasajiu, 4ToO
SK30TeHHbIe THOOEpE/NIMHBI HanboJiee aKTUBHO UHU-
OAMPYIOT 0oOpa3oBaHME AHTEPUANEB y TraMeTO(MUTOB
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MHOTHX BUIOB MAalOPOTHUKOB. ¥YCTAaHOBJIEHO, YTO HA
paHHMX 3Tanax oHToreHe3a ramerodura I'K ungynu-
PYIOT aKTMBHOE 00pa30BaHME MYKCKHUX TAJUIOMOB He-
oospmroro pasMmepa. Hanbonee akrusaeivMu 'K, cti-
MYJIMpPYIOIIMMY paHHee 00pa3oBaHUE aHTEPUAMEB Ha
npotausix Anemia phyllitidis, okazanuch ['Ks u 'K,
"HanMmeHee — I'K,, I'K,, 'K, Torna kak n 'Ky 3ans1m
nmpoMexyTouHoe mnonoxeHue (Schraudolf, 1964).
IMosnuee (Kazmierczak, 1998, 2003) 6bU10 yCTaHOB-
JieHo, yto 'K; MHrubupyeT MUTOTUYECKYIO aKTUB-
HOCTh BETreTaTUBHBIX KJIETOK MIpOTaJLINSI
A. phyllitidis, ipyu 5TOM aKTUBUPYS €€ B KJIETKax, OT-
BEUAIOIINX 3a aHTepUAUOTreHe3. Takue KJIETKMU 10
neiicteueM I'K; craHOBWIMCH 1IMpE anuKalbHBIX,
OTJIMYAJIUCH TTIOTIEPEYHBIM POCTOM, TOTAa KaK B aIlv-
KaJIbHOM 30HE MPOTAJUINS KJIETKHM POCJIN KaK B ITOTIe-
pEeYHOM, TaK U IIPOJOJIbHOM HAIIpaBJICHUMN.

Paznmuunsie ¢popmer 'K mo-pasHomy Bausuim Ha
¢opMHUpoBaHME TaMETAHTHEB Ha Pa3IMYHbBIX 3TaIlax
Mopdoreneza L. japonicum (Takeno, Furuya, 1975,
1977). Haubonee akTMBHBIMU CTUMYJISITOpaMU 00pa3o-
BaHWS aHTEPUIMEB Ha MpoToHeMe okazauch 'K, 'K,
I'Ky u I'K;, Haumenee — 'K (Takeno, Furuya, 1975).
I'K; B koHuenTparwu 1074 1 10~ M [MoJHOCTBIO TT0-
JIaBJISIU pa3BUTHE apXETOHMEB Ha 3Tare CepaLieBU/I -
Horo Tajuioma. IIpu yMeHbIIEHMM KOHLIEHTpaluu
rOpMOHa yTHETEHHE OO0pa30BaHUS KEHCKMX Tame-
TaHrueB HuBeaupoBaioch (Takeno, Furuya, 1977).
Coo6manock, 'K, u T'Ky B KoHLIEHTpauuu 10~° M
MOJABJISLIN Pa3BUTHUE XXEHCKUX TTOJIOBBIX OPraHOB Ha
cepaueBuaHoM TasuioMe, toraa Kak 'K, I'Ks n 'Ky
He Topmo3wiu ux passutue (Takeno, Furuya, 1977).

I'K; B koHUeHTpauuu 50 uM uHrudbuposaia Gop-
MUpoOBaHue aHTepunueB y Blechnum spicant (Fernan-
dez et al., 1997), Torna Kak B 6oJiee HU3KNX KOHIIEH-
Tpauumsx (0.28 u 2.8 uM) He BiusiIa HA UX pa3BUTHE
(Menéndez et al., 2006a). 'K, , ; B KOHIIeHTpaItum
1 M/ MTHULIMMPOBAJIa Pa3BUTHE XKEHCKUX TaMETO-
¢GUTOB, CHUXKEHUE Xe KOHLEHTpalluu ropMOHa 10
0.1 Mr/n1 cmoco0CTBOBaIO 3HAYUTEILHOMY yBEIIMUe-
HUIO JOJIM MY:KCKUX rametodutoB (Menéndez et al.,
2006a). INokasano (Hollingsworth et al., 2012), yto
I'K; Bo koHueHtpauuu 103 u 10+ M Topmosuia pas-
BUTHE aHTepuaueB Osmundastrum cinnamomeum, 94To,
0 MHEHUIO aBTOPOB, CBSI3aHO C MHIMOMPOBAHHEM
¢dopMHUpOBaHUS alTMKATBLHON MEPUCTEMBI.

Bmusane apyrux ¢MTOropMOHOB Ha PETYISIIAIO 1
pean3alyio IOJOBOro muMopdusmMa ramMeTouToB
MarOpOTHUKOB HCCIe0BaHO YacTUYHO. CUHTETUYEe-
ckue aykcuHbl HYK u 2,4-J1 B KoHueHTpauuu 1076 u
105 M MHrMOMpPOBaIU Pa3BUTHE AHTEPUIUEB U O0-
pa3oBaHHWE MYXCKMX TaJJIOMOB, OJHAKO CIIOCO0-
CTBOBJIM Pa3BUTHIO apXETOHMEB U XKEHCKUX FaMeTO-
dutoB y Ceratopteris thalictroides (Hickok, Kiriluk,
1984). HeiictBue MYK B Takmx ke KOHILICHTPAIIMIX
Ha pa3BUTHUE MYXCKHUX FaME€TaHTUEB ObLIO MeHee
BBIPAXEHHBIM, OJHAKO B KOHLeHTpauuu 10~4 M
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TOPMOH CYILIECTBEHHO OTpaHUYMBAaJl UX oOpa3oBa-
HUE U CIIOCOOCTBOBAJI PAa3BUTHUIO MYKCKUX TaslIo-
MoB. UMK B koHueHtpauuu 10~*—10~7 M cTtumy-
JIMpoBaJia pa3BUTUE MYXXCKUX TAJJIOMOB C HEOOJIb-
muM kKosmmdectBoM aHTepuaueB (Hickok, Kiriluk,
1984), onHako, B KoHLieHTpauu S 1 50 uM uHruoupo-
BaJla JIeiicTBUE COOCTBEHHOIO aHTepuauoreHa y Blech-
num spicant (Fernandez et al., 1997), B pe3yabTaTe yero
MYKCKHE TAaMETAaHTUY He pa3BUBAJIUCH.

DK30reHHbIe [TUTOKMHWHBI MO-Pa3HOMY BIIUSUIU
Ha obpa3zoBaHue rametaHrueB. BAIl kak B HU3KOi
(0.3; 3 uM), Taxk u B Beicokoit (30 uM) KoHIIeHTpa-
LIUSIX MHTUOupoBai (OpMUpPOBaAHUE aHTEPUAVEB Y
Blechnum spicant (Fernandez et al., 1997). KunetnH B
koHLeHTpauuu 1073 1 10~ M crioco6¢cTBOBAal pa3BU-
TUIO OECTIOJNIbIX U MYXXCKUX TaJlJIOMOB M YMEHbIIAJ
JIOJII0 XXEHCKUX TaJIJIOMOB B TMOMYJISIIMUA TaMeTOhU-
ToB Osmunda regalis (Greer et al., 2012). B 6o71ee HU3-
Koii KoHueHrpauuu (107 M) KUHETUH CTUMYJIUPO-
BaJl pa3BUTHUE apXEroHUEB U OOJIBIIETO KOJIMYECTBA
XKeHCKUX TayuioMmoB B nonyisiuuu O. regalis (Greer
etal., 2012). Hamm wucciaenoBanust (Romanemko
et al., 2019) mokazanau, 9YTo 3¢aTMH U KUHETUH B KOH-
neHTpauusax 10~ u 10~ M akTuBMpOBaId paHHEE pas-
BUTHE apXeroHueB Yy Dryopteris filix-mas, Torma Kak
MITA u BAII B Tex ke KOHIEHTpaIMsIX OKa3aluCh
CTUMYJIITOpaMU Pa3BUTUSI AaHTEPUIVEB.

ABK gBisieTcsT aHTaroHMCTOM aHTEPUIMOTECHA
(Banks, 1999). B koHueHrpaunu 10~* M ropMoH 1o1-
HOCTBIO OJIOKHPOBaJI oOpa3oBaHue aHTepuaueB y Cer-
atopteris richardii, naxe B IPUCYTCTBUU COOCTBEHHOTO
antupuauoreHa Al'.. (Hickok, 1983). ABK B koHIIeH-

tpatmu 107° 1 10~7 M yacTMYHO MoaBJIsIa pa3BUTHE
MyxXcknx rametanrueB C. richardii, m He OJIOKMpOBaIa
pa3BUTUE MEPUCTEMBI U TIocieayloliee (hopMUPOBa-
Hue apxeronueB (Hickok, 1983). B To e BpeMs 5K30-
reHHast ABK B koHuentpauuu 0.035, 0.35 u 3.5 uM He
WHIrOMpoBaia pa3BUTHE aHTepuaueB y Blechnum spi-
cant (Menéndez et al., 2006a).

JJ1s1 HEKOTOPBIX BUIOB ITAalTOPOTHUKOB XapaKTep-
HO HapyllIeHUe MOJIOBOTO Tpoliecca. ATloramMusi — 4ya-
CTBIN ClIyyaii amoMUKCHCA Y TTAIIOPOTHUKOB, XapaK-
Tepu3yeTcst 00pa3oBaHMEM CITOpodUTa M3 cCOMaTIde-
ckux Kiaetok rameropura (Liu et al., 2012). V¥V
MAMOPOTHUKOB Pa3INdyaloT OOJIMTaTHYIO U (haKyilb-
tatuBHyI0 anmoramuio (Sheffield, Bell, 1987; Ragha-
van, 1989). Ob6auratHas aroramMusi XapakTepHa IJIsi
BUIOB, CHOPO(MUTHI KOTOPHIX Pa3BUBAIOTCS 0€3 CIIH-
SIHUST TIOJIOBBIX KJleToK. Coobinanock, uyto mist 10%
M3BECTHBIX HA CETOIHS BUAOB MAallOPOTHUKOB CBOI-
CTBEHEH TaKOI crocob pasBUTUSI cHOpOdUTa, CITO-
coOHbIX K croporeHe3y (Liu et al., 2012). OgHako
¢daxTophl, MPEISTCTBYIOLINE ITOJI0BOM (PYHKIIMM Ta-
METO(PUTOB, OCTAIOTCSI MaJIo MccieaoBaHHbIMU. Ha
raMeTouTax KJIIACCUYECKMX AllOTaMHBIX BUIOB 4a-
CTO pa3BUBAIOTCS aHTEPUAUM, CIIEPMATO30UIbI KO-
TOPBIX MOTYT OILJIOAOTBOPATh SIHIEKIETKU APYTUX
POINCTBEHHBIX BUAOB. DOopMUpYIOIIUECS B TaKUX

cllygasix apXeroHuu He (PyHKIMOHUPYIOT, UTO 00b-
SICHSIETCS UX “HelopasBUTHUEM” MU “HEKpo3oM”
aitnekierok (Gastony, Haufler, 1976). Ciopodutsl
anmoraMHBIX ITaIIOPOTHUKOB 00pa3yloTcs, KakK Ipa-
BUJIO, U3 COMATUYECKUX KJIETOK, PACIOJOXEHHBIX
3a allMKaJbHOI MepUCTEMOI B 00JIACTU PA3BUTHSI ap-
XETOHMEB, WIN B OPYyrux mecrax ramerocwura (Shef-
field, Bell, 1987). daxkynbTaTMBHAsI anoraMus 4aile
BCETO BO3HUKAET PU UBMEHEHUH YCIIOBUI KYJTETUBU-
poBanus in vitro (Cordle et al., 2007), B 4acTHOCTH,
npu aedunute Boabl (Whittier, 1975), noBblIeHUN
ypoBHs1 ocelieHHocTu (Sheffield, Bell, 1987), Bbico-
KMX KoHIeHTpaumsx yrieBomoB (Whittier, Steeves,
1960; Whittier, Steeves, 1962; Cordle et al., 2007).
IIprMeHeHME 3K30Tre HHBIX (DPUTOTOPMOHOB MOXKET aK-
TUBHUPOBATh CIIydaifHOE pa3BUTHE allOTaMHBIX CITO-
poduroB Ha Tayutomax rametodutos (Whittier 1966;
Kwa, 1995; Menéndez et al., 2006b).

MNYK uHoynupoBajia anoraMHOE€ pa3BUTHE CIHO-
poduTa Ha cTepubHBIX TrameTtodutax Platycerium
coronarium. MakCUMaJIbHbI!I CTUMYJIUPYIOIIUI 3¢-
¢dexT HaOMOOAJICS IIPU KOHIIEHTpallud TOPMOHA
40 uM (Kwa, 1995). DHOoreHHbI 3TUJIEH MPU 10-
o6asneHun MYK yrueran aroramMHoe pa3BUTHUE CITO-
poduroB Ha rameTodurax P. coronarium, 4T0 MOIJIO
OBITH 00YCJIOBJICHO yXymieHueM TpaHncnopta UYK B
kieTkax rameropurta (Kwa, 1995). Panee coobiua-
nock (Elmore, Whittier, 1973), 4To 3THIeH aKTUBU-
poBajl pa3BUTHE arlOraMHBIX 3apOCTKOB Ha ramMeTo-
dutax Preridium aquilinum. YBelndeHUe KOHIECH-
TpalluM TOpPMOHAa CHMIXaIO 3(G@MEKTUBHOCTh €ro
neiictBust (Elmore, Whittier, 1973). ®opMupoBaHue
aroraMHbIX cropo¢uToB Ha raMmeTodurtax P. aquili-
num naAIMUpoBanu sk3oreHHble HYK 1 'K, B koH-
meHTpamu 2 u 15 mr/m (Whittier, 1966). 'opMoHBI
HVYK u I'K; B xoHuentpauuu 0.53, 5.37 u 2.8 uM
CTUMYJIMPOBAJIM pa3BUTHE COMATUYECKUX CIOPOPU-
TOB Dryopteris affinis, njisi KOTOPBIX XapakKTepHa 00-
juratHas anoramus. Jlob6asneHue BAIl B HU3KuX u
BbICOKUX KOHLeHTpauusx (0.44, 4.44, 22 uM) noJi-
HOCTBIO yrHeTajo (opMupoBaHue cIiopodura u
akTUBUpOBaJIO KamrtycoreHe3d (Menéndez et al.,
2006Db).

3AK/IIOYEHHUE

I1poBeneHHBIN HAMKU aHAIN3 U 000OIICHME TUTES-
paTypHBIX NaHHBIX CBUAETEIBCTBYET O 3HAUYUTE/b-
HOM 3KCIEPUMEHTAJIBHOM MaTtepualie, ITOCBSIIIeH-
HOM UM3yYEeHMIO TOPMOHAJIBHOM PEryIsuuyd pocTa 1
pa3BUTUSI TaMeTOMUTOB MAIIOPOTHUKOB B YCIIOBUSIX
in vitro. BiusiHue >K30T€HHBIX (UTOTOPMOHOB Ha
IpopacTaHue cnop, MopgoreHe3, MOJ0BOI TUMOP-
¢u3M, BOBHUKHOBEHE alIOMUKCHUCA B XOJIe OHTOTe-
He3a raMeTo(UTOB MCCIeN0BaHO 0oJiee YeM y TPUI-
naty BunoB. I'ametodutsl Ceratopteris richardii, Blech-
num spicant, Lygodium japonicum, Osmunda regalis,
Preridium aquilinum, Anemia phyllitidis B 60IbIINHCTBE
cJIydaeB IPUBJICKAIMCh IIJTS aHAJIN3a. DK30TeHHBIC (pH-
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TOTOPMOHBI IIO-Pa3HOMY AEMCTBYIOT Ha IIpopacTa-
HHE CIIOp M pa3BuUTHe rameToduToB. HampasieH-
HOCTb M MHTEHCUBHOCTb OKa3bIBaeMOTo 3(ddeKTa
ONpEeIEeIISIIOTCS KOHILIEHTpaleli TOpMOHA U 3aBUCST
OT BUIA MAanopoTHUKA. PUTOrOPMOHBI TaMeTO(PUTOB
IMAITOPOTHMKOB, TaKK€ KaK TOPMOHBI BBICILIMX pacTe-
HUI1, UTpaloT KIIOUEBYIO POJIb B PETYJISILIMA MeTabo-
JI3Ma, POCTOBBIX M1 MOP(OreHETUISCKMX IIPOLIECCOB,
dopMHUPOBAaHNY adalITUBHBIX peakimii. st purorop-
MOHAJIbHOM CUCTEMbI TaMETO(UTOB XapaKTEPHO HAJTH -
yye aHTepUIMOreHa, crueln@prIecKoro ropMoHa, OT-
CYTCTBYIOIIETO y BhICIIMX pacTeHuii. AI' oTBedaeT 3a
¢opMUpOBaHUE aHTEPUIUEB, KOTOPHIE MOTYT pa3-
BUBAaTbCS Ha JIIOOOM 3Talle OHTOIeHe3a raMmeTopura,
a Tak:Ke MHAYLIMPYeT IIpopacTaHre CIIOp B HeOaro-
MPUSITHBIX YCJIOBUSIX, B TOM YHUCJI€ U CIIOP APYTUX
BUJIOB, BBLINOJIHSS MPU 3TOM POJIb ajljiejonaTude-
CKM aKTUBHOTO COeIMHEHUsI. BeIpaskeHHBIM MO3U-
TUBHBIM 3 (heKTOM Ha MpopacTaHue CIIOp OTInYa-
JOTCSI TMOOEPENINHBI, e CTBHE KOTOPHIX YCUINBA-
eTcs B TeMHoTe. [ mb6epeanuHsbl, Kak u Al', BAUSIOT
Ha ToJoByl nauddepeHuInalnnmo TraMeToduToB,
CIIOCOOCTBYIOT Pa3BUTHUIO MYKCKHMX TaJUIOMOB HeE-
OOJIBIIIOrO pa3Mepa, MOJAABJISIOT 00pa3oBaHUE ap-
XeroHueB. B BEICOKOII KOHLIEHTpallu THOOepeIn-
HBI YTHETAIOT JejieHNe NPOTa/UINAIbHBIX KIETOK, B
HU3KOM — CITOCOOCTBYIOT PACTSKEHUIO BEereTaTuB-
HBIX KJIETOK M 00pa3oBaHUIO Je(hOPMUPOBAHHBIX
TaJIJIOMOB.

AyKCHHBI B HU3KOI KOHLEHTPAllUM aKTUBUPYIOT
JIMHEWHBIII POCT M CTUMYJIHMPYIOT (opMUpoBaHUE
TaJIJIOMOB BBITSIHYTOM (DOPMBI, B BRICOKON — WHTH-
OUMpPYIOT KJIETOYHOE JIeJIEHUE, a B OTAEIbHBIX CIIydasix
BBI3EIBaIOT Tnbenb rametodura. YK 1 HYK B Hu3-
KOil KOHIIEHTpalluM aKTHUBUPYIOT POCT PU30UIOB.
LuToKMHUHBI 3a0efiCTBOBAHbI B PETYJISIIUU BUPTU-
HUJIBbHOU U TU(MUHUTUBHOMN CTaaAWii OHTOTeHe3a ra-
MeTO(MUTOB ITAIIOPOTHUKOB, BO BpeMsI KOTOPBIX ITPO-
WCXOMUT aKTUBHBIM POCT MPOTAUIMSI, MHOTOKJIETOY-
HOM MepUCTEeMbl U PU30MIOB, GOPMUPYETCST BEIEMKa
W apXxerOHUabHasl IoaymiKa. [IMTOKMHUHEL peryiiu-
pYIOT 00pa3oBaHNe MYXXCKUX U KEHCKMX raMeTaHTH-
eB. Yuactue ABK, 2KK u BC B perynstiimn oHToreHesa
rameToduTa rccaeaoBaHo (pparMeHTapHO. DPdheKTh
3TUX TOPMOHOB BupocnenuduyHel. ABK 1 atminen
YTHETaloT KJIETOUHOe aejieHne, Torna Kak KK B oT-
JIEIbHBIX CJIy4dasix €ro CTUMYJMpoBajia U CII0CO0-
CTBOBaJla pa3BUTUIO pru30ou0B. BepositTHo, ABK, kak
AHTAarOHUCT aHTEpUAMOTeHa, MpUYacTHA K (POPMU-
POBaHMIO aHTEPUANEB, OMHAKO MMEIOIIMECS IUTepa-
TypHbIE JaHHbIE HE JAalOT OKOHYATEJIbHOTO OTBETA HA
3TOT BOIIPOC.

ITyGaukauust comepKuT pe3yabTaThl UCCIEI0BA-
HUIi, TIPOBEIEHHBIX B paMKaxX Hay4dHOTO IPOEKTa
HauyonanbHoit Akagemun Hayk Ykpaunbl Ne IT1-
71-14.431 “TopMOHaNbHbIA KOHTPOJb POCTa U pa3-
BUTHSI CIIOPOBBIX PACTeHMI (Pa3INIHOM TAKCOHOMU -
YeCKOM IIPUHAIIEXHOCTH)” .
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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 OTHOCUTEIBHO TNepeHe-3aIHEN OCH TeJla SIBJISIeTCSl BaXKHOM 4epToit MyiaHa CTpoeHus Ouia-
TepaJibHbIX XUBOTHBIX (Bilateria). HapymeHnus ¢opMupoBaHus JeBO-MpaBoil aCUMMETPUN TIPUBOLAT K
MaTOJIOTUSIM PA3JIMYHOI CTENIEHU TSIXKECTU, TOITOMY U3YUYEHUE MEXaHU3MOB €€ YCTAHOBJIEH!SI B SMOpUO-
HaJbHOM Pa3BUTUU SIBJISIETCS BAXKHOM HAyYHOI M MEAUIIMHCKOM 3amaueii. OCHOBHOI BOTIPOC, Ha KOTOPBIiA
MBITAIOTCSI OTBETUTh UCCIIENOBAaTEIM — KaK U KOT/Ia 3aIlyCKaloTCsl IPOLIECCh, TPUBOASAIIME K HAPYLIEHUIO
3epKaJibHOM CUMMETPUH JIEBO U TIpaBOii CTOPOH pa3BUBalerocst opranusma. McciienoBaHus B 310l 00-
JIAaCTH aKTUBHO Pa3BUBAIOTCS, Y XXMBOTHBIX PA3HBIX (DUIOT€HETUYECKUX IPYIIN YK€ BbISIBJIEHO MHOXECTBO
pPa3HOOOpPa3HBIX CITOCOOOB YCTaHOBJIEHUS JIeBO-TIpaBoii acuMMmeTpuu. K coxaneHuo, cpaBHUTEIbHBIN
aHaJU3 3TUX CMOCOOOB 3aYaCTylI0 OXBAThIBAET JIMILIb HECKOJIBKO (DUIOT€HETUYECKU YIATEHHBIX 00BEKTOB
OMOJIOTUM Pa3BUTHSI U HE NMOKa3bIBaeT pa3HOOOpa3usl, CYIIECTBYIOIIETO BHYTPU TAKCOHOMUYECKUX TPYTIIL.
IToaToMy 1iEenb maHHOrO 0030pa — IOKa3aTh MHOrooOpa3ue MeXaHW3MOB YCTAaHOBJIEHUS JIEBO-IIPaBO
acUMMMETpUMU B paHHEM pa3BUTUM Metazoa, a TakKe caes1aTh MPeaIioioKeHUsT 00 3BOIIOIIMOHHOMN KOHCep-
BaTMBHOCTHU 3TUX MEXaHU3MOB U O TOM, KaKOil U3 OOHApY>KEHHBIX Ha JAHHBIII MOMEHT MEXaHU3MOB 3BO-
JIIOLIMOHHO TIepBUYeH Kak s Bilateria, Tak u 111 Bcex Metazoa. B craTbe cuctemMarnsupyroTces 3HaHUs 00
YCTAHOBJIEHUM aCUMMETPUU Tejla Ha OCHOBE CUTHaJIbHOTO Kackana Nodal, mpoBonuTcsi cpaBHEHUE MOP-
donoruu u GYHKIIMOHUPOBAHUS JIEBO-TPaBbIX OPraHM3aTOPOB ACUMMETPUY Pa3HbIX XKUBOTHBIX, CDAaBHU-
BaeTCsl POJIb MEXaHUYECKUX HAMPSIXKEHUU B YCTAHOBJIEHUU aCUMMETPUU Y MEPBUYHOPOTHIX XKUBOTHBIX.
O06o0011IeHNe U aHAIU3 TaHHBIX 00 YCTAHOBJIEHWM JIEBO-TIPAaBOil aCUMMETPUU TeJla TTO3BOJISIET IT0-HOBOMY
B3MJISIHYTh HA DBOJIIOLIMIO PA3BUTUSI MHOTOKJIETOYHBIX XXUBOTHBIX.

Karoueswie cnosea: neBo-TipaBasi aCUMMETPUSI, YCTAHOBJIIEHHME aCUMMETPUM, JIEBO-TIpaBblil OpraHu3arop,
IU1aH cTpoeHus, Metazoa, Bilateria, Nodal, pa3Butue
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BBEAEHWE

AcUMMeTpUsT OTHOCHUTEIBHO LICHTPAJILHOM OCU
TeJia SIBASIETCS HEYacTO YIOMWHAeMOIi, HO BaXKHOM
yepToii OumaaTepaabHO-CUMMETPUUYHBIX >XXWBOTHBIX.
Bormpekn Ha3BaHUIO, IISI MHOTHX OMJIaTEpUil XapaK-
TEPHO aCMMMETPUYHOE pa3BUTUE JIEBO U IIpaBOit
CTOPOH Tejla. Y 4ejoBeKa yCTaHOBJIEHUE JIEBO-Tpa-
BOI aCUMMETPUHU BEIpaXKaeTCs B IIPaBMJIbHOM PacIio-
JIOXXEHUN HEeIapHBIX OpPraHoB, TaKMX KakK II€YEHb,
cepale U XeJIyooK, B TpyAHOMN 1 OpIOLIHOM MOJIOCTH,
1 aCUMMETPUYHOM pPa3BUTHU ITapHBLIX OPraHoOB, Ha-
npumep, Jerkux (Shiraishi, Ichikawa, 2012). Kpome
TOTO, MEXaHU3Mbl aCUMMETPUYHOTO MopdoreHesa
IIpA pa3BUTUU TPYyOYATHIX OPraHOB, TaKMX KaK K-
IIEYHUK, 0OYCJIOBIMBAIOT IIOBOPOTHI IIETEIb B CTPOTO
onpeaeJICHHOM HarpaBjieHUu. [1jisi MHOTUX OpraHOB
(HarmpumMmep, cepalia) MpaBuibHOe (YHKIIMOHUPOBA-
Hue 0e3 acumMmeTpuu HeBo3MoxHO (Chen et al.,
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2010). Takum oOpa3oM, yCTaHOBJIEHHE JICBO-IIPaBOA
aCUMMETPUU HEOOXOINMO TSI KOPPEKTHOTO PacIio-
JIOXKEHUsI BUCLEpPAIbHBIX OpPraHOB B TPyIHOW U
OPIOIIHOM TTOJIOCTAX U IJIST YCIIEIITHOTO MOpoTreHe-
3a, CBSI3aHHOTO ¢ (DYHKIIMOHAIBHOCTHIO OPTaHOB.

Hapymenus ycTaHOBJIEHUSI aCUMMETPUU BCTPE-
yaroTcs ¢ yactoroit okoso 1/5000—1/10000 yenoBek
¥ IIPUBOMST K ITATOJIOTUSIM Pa3IUIHOM CTEIICHU TSI~
XKECTU — TeTePOTAKCUU, NEKCTPOKAPIUHN, Situs inver-
Sus ¢ CUHUCTpOKapaueit, CBI3aHHBIM C 3TUM IOPO-
KaM cepalla U COCYIUCTOM CUCTEeMBI, a IPU COITYT-
CTBYIOILIEM OMArHO3€¢ IIEPBUYHOM ILIMJIMAPHOM
JUCKUHE3UU — K OECIUIOAUNIO Y MYXXYUH U XPOHUYE-
CKUM 3a00JIeBaHUSIM IbIXaTeJIbHEIX ITyTeil (Afzelius,
1976; Zhu et al., 2006). ITosToMy uU3ydyeHHEe Mexa-
HU3MOB YCTaHOBJIEHUSI JIEBO-TTPaBOii aCUMMETPUHU B
SMOPHUOHAILHOM Pa3BUTHUU OCTAETCs BaxKHOI Hay4-
HOI M MEOUILIMHCKOM 3amayeid.
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OCHOBHOI1 BOIIPOC, Ha KOTOPBIH MBITAIOTCS OTBE-
TUTh WCCJIENOBaTeIM — KaK M KOIJa 3aIlyCKaloTcs
MPOLIECCHI, TPUBOASIINE K HAPYILIEHUIO OUIaTepaib-
HOIi cMMMeTpUHM pa3BUBalolerocs opraHusma. Pa-
0OOTHI, MPOBEICHHBIC HA XUBOTHBIX CAMBIX Pa3HBIX
IPYIIIT, BBISBUJIN MHOKECTBO Pa3HOOOPAa3HBIX CIIOCO-
6OB YCTAHOBJIEHUS JIEBO-IIPaBoii acuMMeTpun. Tem
He MeHee, MeXIy HUMU OOHapYy>KWJIMCh U CXONICTBA,
MO3BOJISIONIYE TO-HOBOMY B3IVISTHYTh Ha 3BOJIIOLIAIO
pPa3BUTHUS MHOTOKJIETOYHBIX XKUBOTHBIX.

IMO3BOHOYHBIE: MOJIEKYJIAPHBIE
ACIIEKTBI YCTAHOBJIIEHUA ACUMMETPUN
IIJIAHA CTPOEHUA

YcraHoBIEHME JIEBO-TIPABOil aCUMMETPUM Y BCEX
W3YYEHHBIX ITO3BOHOUHBIX JXWBOTHBIX IPOUCXOMUT
onarogapst padbore curHajprHoro kackaaa Nodal. Ero
HaJM4ue U Pojib B YyCTAHOBJIEHUW aCUMMETPUM MOKa-
3aHBI Y TIPeICcTaBUTENICt MIIEKOITUTAIOIINX — JOMO-
BBIX Mblle Mus musculus, kponukoB Oryctolagus cu-
niculus, ceuneit 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-
BuUTeJeit aM(uUOUii — IITMOPLEBBIX JISTYIIEK Xenopus
laevis n X. tropicalis, akconotnsa Ambystoma mexica-
num (Schweickert et al., 2007; Yu et al., 2002); kocTu-
CTBIX pBIO — Danio rerio, memaxu Oryzias latipes (Ess-
ner et al., 2005; Hojo et al., 2007). boiee Toro, reHsI,
TOMOJIOTMYHBIE TeHAM CUTHaJIbHOTO Kackanga Nodal y
MO3BOHOYHBIX, YYACTBYIOT B YCTAHOBJIEHUU JIEBO-
MpaBoif aCUMMETPHUH Y BTOPUIHOPOTHIX OECITO3BOHOY -
HBIX: JIaHLIETHUKA Amphioxus sp., 000JOYHUKOB — ac-
muauii Ciona intestinalis u Halocynthia roretzi (Moroku-
ma et al., 2002), UTI0KOX1X — MOPCKUX exel Paracen-
trotus lividus wn Strongylocentrotus pallidus (Duboc et al.,
2005; Tisler et al., 2016), 4TO CBUAETEILCTBYET OO €ro
BBICOKOI 3BOJTIOLIMOHHOI KOHCEPBATUBHOCTH.

CurHanbHbIN Kackag Nodal y mO3BOHOYHBIX (DYyHK-
UOHUPYET Ha CTAOVsIX HEMPYISILIUM ¥ COMUTOIeHe3a.
KimoueBBIM 3BeHOM 3TOTO KacKazia sIBIsIeTCsI TeH nodal,
npuHamtexamuii K cynepcemeiictsy TGF-B. Nodal
BKCIIpECCUpyeTCsl Ha JIEBOiI CTOpPOHE Teda 3MOpHOHA
BOJIV3M CpelTHEN JIMHAY 1 OOYCIIOB/IMBACT JaJIbHeIIIee
pa3BUTHE JIEBOM CTOPOHHBI Tejaa I0 “JeBoMy’ ClieHa-
PHIO: €CJIM TaM He TIPOU30MIET BCIBIIIKY €ro 3KCIIpec-
cun, y SMOproHa c(pOpMHUPYIOTCS IBE ITPaBbIe CTOPOHBI
(Saijoh et al., 2003). Hanee 6emok Nodal rmo BHEKJI€TOY -
HOMY MaTpuKCy IudOyHIUpyeT B Me30mepMaibHbIe
KJIETKU Ha JieBoit ctopoHe teja (Oki et al., 2007) u Tam
3aIlyCKaeT 3KCIPECCUI0 TOMEOOOKCHOIO TeHa pifx.2,
KOTOPEIII OyIeT MOCTOSIHHO 3KCIIPECCHUPOBATHCS B
KJIETKaxX Me30JepMbl OOKOBOM TIJITACTUMHKM Ha JICBOM
CTOpOHE, YIpaBJsisd OallbHEHIINM YCTaHOBJIECHUEM
acuMmMeTtpun opraHoB (Logan et al., 1998). Benbiika
akcripeccun 6enka Nodal Ha JIeBOif CTOpoHE Teia
IIATCS Hemonro (6—7 4y mbrmu) (Shiratori, Hama-
da, 2006), ITOCKOJILKY OH aKTUBHPYET HECKOJIBKO Ie-
HOB, IIPOAYKTHI KOTOPHIX ITOJABIISIIOT KCIPECCUIO U
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pactipoctpaneHne Nodal. B kireTkax 60KoBo Me30-
JIepMaJibHOM TUIACTUHKU OH WHAYLUPYET 3KCIIpec-
cuto 6enka Lefty2. [luddyHauposas B 001acThb cpeli-
Hell JUHUM 5MOpHOHA, OH 3aIlyCKaeT 3KCIIPECCHUIO
Leftyl. Leftyl momaBnseT akcrpeccuro Nodal BO1u3u
CpemHel JMHUM U TeM CAMBIM He TT03BOJISIET €My pac-
IIPOCTPAaHUTHCS Ha IIPaBYIO CTOPOHY 3MOpuroHa (Me-
no et al., 1998), a Lefty2 nonasiisieT ero akcIpeccuio
B 60KOBOI1 Me3oaepme (puc. 1), TakumM oOpa3oM IKc-
npeccust Nodal orpanmumBaeTcst ¢ nByx cropoH. [Tomu-
MO TOIO, Ha IPaBOii CTOPOHE IMOPUOHA SKCITPECCUPY-
eTcs1 TeH cerl2 (cerberus-like 2), mpoayKT KOTOPOToO 0J10-
kupyeT nuddys3uio 6enka Nodal, cBI3BIBasich ¢ HUM
B KOMIUIEKCHI. [lo-BuaumMomy, UMEHHO 3TOT TI€H,
BHayaJle 9KCIIPECCUPYIOIIUIACA Ha 00EUX CTOPOHAX
Tena, IPUHUMAET IIePBUYHBIN CUTHAJI K YCTaHOBJIE-
HUIO aCUMMETPUU Ha JIEBO CTOPOHE, MpeKpalllaeT
paboTaTh, 3a cueT 3Toro 6eaoK Nodal BEICBOOOXK I~
€TCsI Y YCUJIMBaeT 3KCIIPECCUIO0 COOCTBEHHOIO T'eHa
Ha JieBoit ctopoHe Tena (Schweickert et al., 2010;
Shinohara et al., 2012). B oTcyTrcTBUe 1106010 U3 Te-
HOB-perpeccopoB Nodal mmpomcxXomuT ero HEKOH-
TPOJIMPYEMOE IpOocayMBaHWE Ha IpPaByl0 CTOPOHY,
YTO MPUBOAUT K OIIMOKAM aCUMMETPU3allMM U Ya-
CTUYHOMY WJIH IIOJTHOMY Pa3BUTHIO IPABOI CTOPOHBI
o “jeBoMy”’ ClieHapuIoO.

[MO3BOHOYHBIE: CTPOEHME M ®YHKIIMHN
OPTAHU3ATOPOB JIEBO-ITPABOUM
ACUMMETPUN

AcumMeTpuuHast skcrpeccus Nodal y 060Jb-
IIMHCTBA ITO3BOHOYHBIX JKMBOTHBIX (MBI M. mus-
culus, xponuka O. cuniculus, KOpoBHl B. taurus, am-
duoduit X. laevis u X. tropicalis, A. mexicanum, Ko-
CTUCTHIX pBIO D. rerio u O. latipes, 0oCETpOBOI1 PHIOBI
A. transmontanus) BO3HUKaeT B pe3yJibTare pabOThI
TaK Ha3bIBa€MOTO JIEBO-IIPABOIO OpraHM3aTropa. DTo
Y9aCTOK M€30AePMBI, UMEIOIINI STIUTEIMATIBLHOE CTPO-
€HUE U TTOKPBITHI MOABVXKHBIMU PECHUUKAMMU, HEJTOM-
roe BpeMsl CYIIECTBYIOIIWII Ha CTAgusSIX TacTPyJIbl U
HEMPYJIBI ¥ CO3OAIONINIT TOK XKMIKOCTH BO BHEKJICTOU-
HOM IIPCTPAHCTBE, KOTOPBIM 3allyCKAET CUTHAIbHbIN
KacKaJ B Me30/IepMe JIEBOI CTOPOHBI TeJIa SMOPHUOHA.
Jlyudire Bcero ctpoeHue 1 paboTa JIEBO-IIPaBOTO Op-
raHu3aTopa U3y4eHbl Y MBIIIH.

Mbiuo: 1e60-npagwlii opeanuzamop — y3e10K

JleBo-1mIpaBBIM OpPraHU3aTOPOM IOMOBOM MBI
SIBJISICTCSI BEHTpaJIbHAsl 4acThb y3eJIKa, ITOSIBIISIOLIE-
rocsl BO BpeMsl TacCTPYJISIIUU 1 SIBJISIFOIIETOCSI TOMO-
JIOTOM JOp3aJIbHOM IyOBI Oy1acTornmopa. Y3eI0K 3aKia-
IBIBACTCS K CEIbMOMY THIO pa3BUTHUSI B 3NKUOIACTE B
o0jlacTy OyOyIIero TOJIOBHOTO KOHIIA 3MOpHOHA
(puc. 2a). BaxkHO OTMETUTD, YTO Y MBIIIIM TUIIO0IACT,
MOACTUIAIOIINMN 3MU0JIACT, HE SIBJISICTCS CIUIOLIHBIM
ciioeM. IMeHHO 1oz y3eJIKOM OH pacXOIHUTCSI B CTOPO-
HBI 1 oOpa3yeT oTBepcTre. TakmM oOpa3oM, 3pesTblit
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Puc. 1. Cxema GMOXMMUYECKOTO CUTHAJIBHOTO Kackana Nodal, 3armyckarIiero acCiMMeTpUYHOE pa3BUTHE JIEBOM CTOPOHBI Tejla
aMOpuroHa MbllU. Ha Bpe3ke yciioBHas cxeMa SMOPHOHA MBIIIM BO BpeMsI FacTpYJISIMU, BUJ C BEHTPAJIbHOM CTOPOHBI. A U
P — nmepenHsist u 3agHssT CTOPOHKI Tesla 9SMOpuoHa, L u R — neBast 1 mpaBast ctopoHsl. [1o nanabiM Lee, Anderson, 2008.

Y3€JI0K BBITJISLAUT KaK SIMKa Ha BEHTPAJIbHON CTOPOHE
3MOpPHOHA JUIMHOM 0K0J10 70 MKM 1 COCTOMT IIPUMEPHO
u3 250 xierok (Sulik et al., 1994) (puc. 26). Y3enok
okpyxeH 20—30 6oJj1ee MI0CKMMHU KJIETKaMHU, T.H. T1a-
paxopananbHbIMU. Ha momepeyHoM paspese y3eika
MOXHO Pa3IM4MUTh JBa CJIO0SI: CJION XOpPIAOME301epPMbl
U CJIOU 9KTONEPMaJIbHBIX KJIETOK, KOTOPbIE€ BIIOCJIE/I-
CTBMU 00pa3yloT HEepBHyIO MiacTUHKY (Sulik et al.,
1994; Blum et al., 2007) (puc. 2B).

Mrak, anvkanbHasi CTOPOHA Me30IepPMaIbHBIX KJIe-
TOK y3eJiIKa (oOpallleHHasi Ha BEHTPAJbHYIO CTOPOHY
SMOpPHMOHA) HaIIpaBJIeHa B MOJOCTh XXEJITOYHOTO MEIII-
Ka 1 He IPUKPbBITA TUTIO0JIACTOM. DTO OOCTOSITEIHLCTBO
Ype3BhIYATHO BaXKHO JUIST YCTAHOBJICHUS JIEBO-IIPABOIA
aCUMMETPUM.

Kaxxnast n3 me3omepManbHBIX KJIETOK y3eJIKa He-
CET Ha anuKaJlbHOW CTOPOHE MO OJHOW PECHUYKE
(puc. 2r), IpyuYeM 3TU peCHUYKHU COBEPIIAIOT Bpalla-
TeJIbHBIC IBDKEHUS IT0 YaCOBOM CTPEJIKE CO CKOpPO-
cThio okoiio 600 o6oporoB B MuHyTy (Okada et al.,
1999). I1pu norepe pecHUYEeK (HAIIpUMep, IIPU BbI-
KJTIOYeHNH reHOB MoTOpHBIX 0es1koB KIF3A n KIF3B
U3 cyrnepceMeicTBa KMHE3MHOB, HEOOXOIUMBIX JIJISI
dopMUpoBaHUS pPEeCHUYEK) JIEBO-IIpaBasi OCh BOBCE
He (hopMUpyeTCs, U IaTepaln3aliis OpraHOB IIPOKC-
XOOMUT CIydaliHBIM OOpa3oM, MPU 3TOM 3MOPUOHBI
oKasbIBaloTcs HexusHecrmocoOHbMU (Nonaka et al.,
1998). He cTonpko BaxXHO, BOpoYeM, HAIUIME PEC-
HUYEK caMo T10 cede, CKOJIBKO MX TTOJBUXKHOCTb: T10-
Ka3aHO, YTO HEIMOABIKHOCTh PECHUYEK M3-3a I10-
JIOMKM TeéHa aKCOHEeMHOTO nuHenHa (/rd) npruBOIUT K
TaKUM K€ HapylIeHUSIM, YTO U UX MOJHOE OTCYT-
ctBue (Supp et al., 1997; Okada et al., 1999).

CyMMapHoe BpallleHe PeCHUYEK co3aeT B 00J1a-
CTH y3eJIKa TOK XHMIKOCTH CIIpaBa HaJeBO, IIPUYEM
JIOCTaTOYHO OBICTPHIi: oKoo 20 MkMm/c (Okada et al.,
1999; Shiratori, Hamada, 2006). UMeHHO acuMMeT-
PHUYHO HAIIPABICHHBIN TOK SIBJISICTCST KITIOYEBBIM MO-
MEHTOM, OTTPEIEIISIONTNM JaTbHEHIITYI0 aCUMMETPH -

3alMI0 TIPaBOM M JIEBOM CTOPOH Tejla 3MOpHOHA
(Blum et al., 2009). I'mnoTte3a o0 BA&XKHOCTU aCUMMET-
PUYHOIO TOKA XUIKOCTH Moayunia Ha3BaHue Nodal
flow, To ecTh y3eaKOBBII TOK. IToKa3aHo, 4TO Ipu cO-
3MaHUU B Y3€JKe MBIIIM MCKYCCTBEHHOTO MOTOKa
XKUIKOCTU CIIpaBa HaleBoO (TO €CTh B OOpaTHOM Ha-
MpaBJIeHUN), €CJIM OH JIOCTaTOYHO CUJILHBIM, YTOOBI
HUBEIMPOoBaTh 3MDEKT OMEeHUsT peCHUYEK, BCE M-
OpMOHEI IPUOOPETAIOT COCTOSIHUE Situs inversus. Vc-
KYCCTBEHHBIH ITOTOK TaK>Ke MO3BOJISIET IIPOU3BOJIBHO
3a1aBaTh Situs inversus WIN Situs solitus y MbIIIIEH C He-
MMOABVDKHBIMM PECHUYKAMM, B 3aBUCMMOCTU OT Ha-
npaBiaeHus Toka (Nonaka et al., 2002).

Ha niepBrIii B3TJIs10, KPYTOBBIE ABUKEHUSI PECHU -
YeK HOJKHBI CO3MaBaTh KPYTOBOW TOK, 1 HMKAKOIO
HaIlpaBJIEHHOIo TOKa He MoJy4yuTcs. TeM He MeHee,
HaOII00aeMBI in Vivo TOK B CAMOM Y3€JIKE OTUYETIUBO
JIeBOHAIIpaBJIeHHEIN. brnoduznueckoe MmoaeanpoBa-
HY€ M0oKa3ajo, YTO JeBOHANpaBJIeHHbBIII TOK BO3MO-
KEH B TOM CJIydae, €CJIM BCe PECHUYKM OTKIIOHEHBI
Hazag MUHUMYM Ha 5°—25° (Cartwright et al., 2004).
ITpu mocnenymoyx HaOMIOAEHUSIX OKa3adoCh, 4TO
anyKaJibHasi IOBEPXHOCTh KAXIOM KJIETKU UMEET Ky-
oJI000pa3HyIo opMy; 6a3aTbHOE TEIO KaxKIOM pec-
HUYKM CMEIIEHO B MOCTEPUOPHOM HampaBJICHUU U
M3-3a KyII0JIOOOpa3HOoi (hOpPMbI KIIETKHA OKa3bIBACTCSI
OTKJIOHEHO K3a11 B cpenHeM Ha 26.6° (Nonaka et al.,
2005). B pesynprate Hag IMMOBEPXHOCTHIO KJIETOK TOK
CTaHOBUTCS OoJjiee-MeHee OJHOHAIIpaBJIeHHbIM. O0-
paTHBINA TOK, MO-BUAMMOMY, IIPOXOIUT MEXIY pec-
HUYKaMU U TIOBEPXHOCTHIO KJIETOK HIXKE U ITOCTePH-
OpHee MpPsSIMOIo TOKa, BEIpAaXeH ciiabee U He BIIMSICT
Ha HaIlpaBJIieHHWE IJIaBHOI'O ITOTOKA, ITPOXOOSIIETO
HajJ pecHUYKamu (puc. 3).

BaxHyto posib B pacrofiokeHur 0as3ajbHbIX Tejl
PECHUYEK UTPAET LIMTOCKEJIET, 8 UMEHHO CETb aKTH-
HOBBIX MUKpoOdUIaMeHTOB. [Ipu MyTanusx OeJIKoB
Cofilinl, Vangl2, oTBeyamoIIunx 3a IepeCTPOMKU aK-
TUHOBOTO IUTOCKeEJeTa, Oa3ajibHbIE Tejla PECHUYEK

OHTOTEHE3 Ne 2

TOM 51 2020



OBOJIOIIMOHHOE PASHOOBPASUE MEXAHM3MOB YCTAHOBIIEHUA 99

i LI
| | Dkromepma
PEURY (S

SR oY i
DIOME30/epMa al

P T h ia

Xo

w PecHUYHbBIC KIIETKN
JICBO-TIPABOTO OpraHu3aTopa

Puc. 2. (a) O01umit Bug sSMOpHUOHA MBILLIM HA CTAJMK IracTpy/IsiLivu. (0) Y3eJ0K SMOpHMOHA MbIILU, BUJ C BEHTPAJbHOW CTOPOHHBI.
(B) [TonepeuHsbli1 cpe3 yepes y3eJa0K SMOpHOHa MBIIIHN. (T). PeCHMUYKM Ha KJTeTKax y3eakKa. A u P — riepe mHsist ¥ 3aHSISI CTOPOHBI
Tejia @MOpuoHa, L u R — neBast 1 mpaBast CTOpOHBI; (B) MCMOJB3yeTCs ¢ pa3pelenust Schroder et al., 2016. dunHanbHast, Ormyo-
JIMKOBaHHasl BEPCUSI CTaTby IOCTyMHa Ha http://www.karger.com/?doi=10.1159/000440951; (a, 6, r) agantuposaHo u3 Hamada,
2016 cormacHo ycnoBusim Creative Commons Attribution-NonCommercial 2.5 International License (http://creativecom-
mons.org/licenses/by-nc/2.5/).

OCTalOTCS B LIEHTPE KIIETKU, Y 3TO IPUBOIUT K HApy-
IIIEHUSIM B OIpeae/ieHuM JieBo-TipaBoit ocu (Mahaf-
fey et al., 2013).

PecHunuka

DddekTrBHas dasa
BpalleHust (BJIEeBO)

HeaddextuBhas
¢aza BpaieHust
(BMIpaBo)

P

Kymnonoo6pasHast
TIOBEPXHOCTh KJIETKU

2S5

R

Puc. 3. Mozenb pe3yJbTUPYIOLIET0 TOKa XUIKOCTU B
y3eJKe MbIIIU. A U P — niepenHsisi v 3aHsIs1 CTOPOHBI TeJia
aMOpuoHa, L u R — neBas u npaBasi CTOpOHBI.

OHTOIEHE3 tom 51 Ne2 2020

INapaxopmasibHBIE KIJIETKH, PACIOJIOXEHHBIE IO
0oKaM OT y3ejKa, HecyT KaXmas 1Mo OmHOI HeIlo-
nBrkHOM pecHnuke (McGrath et al., 2003). ITo-Bu-
IUMOMY, UMEHHO TapaxopHaJibHble KJIETKH OTBeJa-
TOT 32 BOCTIPUSITHIE TOKA XXUIAKOCTH, CO3MAaHHOTO O1e-
HUEeM pecHUYeK. Ha maHHBII MOMEHT COCYIIIECTBYIOT
JIBE TUTIOTE3bI O MEXaHU3MaX BOCIIPUSITUS 3TOTO TO-
ka. [lepBas — xumMuueckasi, Wiv rurnoTe3a mepeHoca
MopdoreHa — yTBepKIaeT, YTO KJIIETKH y3eIKa Bble-
JISTIOT BE3UKYJBI C PETUHOEBOI KMCJIOTOM U OEJIKOM
Sonic hedgehog, KoTophle ¢ TOKOM XXMAKOCTH HaIlpaB-
JISIIOTCSI Ha JIEBYIO CTOPOHY M TaM CJIMBAIOTCSI C MEM-
OpaHaMM MapaxopHaJIbHBIX KJIETOK, 3amyckKasi B HUX
kackan Nodal (Nonaka et al., 1998; Tanaka et al., 2005)
(puc. 4a). Bropasi rurnore3a — OMoMexaHUUYeCKasi —
MOCTYJIUPYET, UTO Tiepeaada CUTHaIa OT aCUMMETPUI-
HOTO TOKa KUIKOCTH OCYIIECTBIISIETCS 3a CUET BOC-
IPUATHUS MEXaHUIIEeCKOTO BO3IEHCTBHS TOKa (puc. 40).
ComracHO 3TOM THITOTe3e, HETIOOBIDKHBIC PECHUYKH
WTPaIOT POJIb aHTeHH, HEITOCPEICTBEHHO BOCTIPHHM-
Mas JaBJieHHe TOKa XXMIKOCTU B y3eike. MexaHude-
CKWIT CUTHAJI OT PECHUYKY TIepeIaeTCs Yepe3 TpaHC-
MeMOpaHHBIM CeHCOpHBI Oemok  Polycystin-1
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Puc. 4. (a) Mutroctpanys runoTessl ITlepeHoca Mmopdore-
Ha. (6) Mumoctpaiust buoMexaHuveckoit runore3sl. L u
R — neBast 1 mpaBasi CTOPOHBI Tejla, 3eJICHbIe CTPEITKN —
HarpaBjieHUe TOKa XWUIKOCTU, 3BE3MOYKU — YaCTUIIbI
mopdoreHa. AgantupoBaHo u3 Hamada, 2016 coriacHo
ycaoBusiM Creative Commons Attribution-NonCommer-
cial 2.5 International License (http://creativecommons.org/
licenses/by-nc/2.5/).

(Pkd1) Ha xanbpueBble KaHaibl Polycystin-2 (Pkd2)
(Field et al., 2011), oTKpBITHE KOTOPBIX IPUBOIUT K
KaJIbIIMEBOMY ITMKY B MapaxopAaJbHbIX KJIETKaX Jie-
BOI CTOPOHBI SMOpPUOHA U HaJIbHEMHIIEeH aKTUBaLUU
MosieKyasipHoro kackaga (McGrath et al., 2003). B
TIOJIB3Y BTOPOIT TUTIOTE3bI TOBOPUT TO, YTO Oe1oK Pkd2
JIeNCTBUTEILHO HEOOXOAUM JIJIs 3aITycKa Kackaja pea-
JIM3aly aCUMMETPUM B ITapaXopHaJbHBIX KJIETKaXx,
TaK e KaK HaJIu4ue HEIOIBIDKHBIX PECHUYEK 1 CIIO-
COOGHOCTB KJIETOK co3aaBaTh BosiHy Ca’" B nuToIas-
Me (McGrath et al., 2003; Yoshiba et al., 2012).

Kpoauk: neso-npasbtii opeanuzamop —
X0pOanbHas NAACMUHKA

JleBo-TIpaBBIil OpraHU3aTOpP KpOoauKa (PYHKIIMO-
HaJIbHO UJEHTUYEH OPraHM3aTOPy MBILIM U B 3HAYU -
TEJILHOM CTEIIeHU MOP(MOIOrMYeCcKr CXOJACH C HUM.
OpraHu3zaTop KpojrKa — 3TO TOXE SITUTEIUaIbHBII
YYaCTOK M€30JePMbl Ha BEHTPAJIbLHOM CTOPOHE M-
OpuoHa, CBOOOAHBII OT rMnodJiacTa U HECYILUI M0~
IBIKHBIE pecHUYKY. OCHOBHOE pa3jiMyne COCTOUT B
TOM, YTO THUITO0JIACT KPOJIMKaA MPOPHLIBAETCS HE IO,
Y3eJIKOM, a IIOJI MpuIeralolleil K HeMy C TOJIOBHOIO
KOHIIa XOpHaJIbHOM miacTuHKoM. [loaToMy MMeHHO
anekchbl KJIETOK XOpAaJbHOI IUIACTMHKM OKa3bIBa-
JOTCSI 9KCIIOHMPOBAHHBIMU B ITOJIOCTh KEJITOYHOTO
MellKa U popMUpyioT pecHUYKU. COOTBETCTBEHHO,
OMeHNe PECHUYEK U TOK KMIKOCTU Yy KPOJIMKA IPO-

T'o/10BHOIT KOHEIT
SMOpHOHa

Tummonepma

XopnajibHast
TUIacTUHA

PecHnmuku

{  _VY3enok

L

XBOCTOBOI
KOHeI[
SMOpHroHa

BHezaponpieBbie
CTPYKTYPHI

Puc. 5. Cxema sMOproHa KpoyiMKa, BUJ C BEHTPaJIbHOM
cropoHhI. [To manabM Blum et al., 2007.

HWICXOAUT HE B 00J1aCTHU y3eJKa, a B 00J1aCTU XOpAaJlb-
Hoit TutactuHkM (Blum et al., 2007) (puc. 5).

KpomMme Toro, y3es0K MbIIIM DPUKPHIT TaK Ha3bI-
BaeMoil MeMOpaHoil Pelixapara, cocTosiueil u3 oa-
Horo cios Kietok (Lee, Anderson, 2008), u mox Heit
dopMupyeTCcss HEOOIBIIIOE TIPOCTPAHCTBO IST IIUPKY-
JISIHUM KUAKOCTU. [103TOMY y MBI OOpaTHBIN TOK
XKMOKOCTH, HaIIpaBJICHHBII BIIpaBoO, “TIpmXKaTr” K I10-
BEPXHOCTM PECHUYHBIX KJIETOK W IPOTEKAeT Heo-
CPEICTBEHHO MO JICBOHAIIPABJICHHBIM TOKOM. Y KPO-
JIMKA Xe XXUIKOCTD B JIEBO-IIPABOM OpraHMU3aToOpe CBO-
0O0IHO COODIIAETCS C XKMAKOCTBIO KEITOUHOTO MEIIIKa,
U TIPOCTPAHCTBO UISI LIUPKYJISILIMM HAMHOTO OOJIbIIIE.
BcnencrBue 3Toro oOpaTHBINM TOK IIPOXOAUT HE O, JIe-
BOHAIpPaBJIEHHBIM TOKOM, a HECKOJIbKO KaylajbHee,
BIIOJIb 3aJHEI rPaHUIILI XOPIAJIbHOM IUIACTUHKU. Bo3-
MOXHO, 3TO CBUIETEJILCTBYET O TOM, YTO YTOJI HAKJIO-
Ha pEeCHUYEK B XOpAaJbHOI IUIAaCTUHKE KpOJMKa
MEHBbIIIE, YEM B Y3€JIKE MBIIIN.

Jlaeywku: 1e6o-npasolii opeaHu3zamop —
Y4ACMOK KDl 2ACMpoyest

AHAJIOTMYHBII MBIIIM 1 KPOJIMKY MEXaHU3M pec-
HUYHOIO TOKa MPEACTaBIICH B JIEBO-IIPaBOM OpraHM3a-
TOpE aCUMMETPUU IITTOPLIEBOM JISITYIIKU. Y JISITYIIKU
STUM OpPraHM3aTOPOM SBIISIETCS Me30epPMaIbHBIN
Y4acCTOK KPBIIIM TacTpOLe/IsI — TaK Ha3bIBacMasl gas-
trocoel roof plate (GRP), To ecTh OyKBaIbHO IIACTUH-
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Puc. 6. Mopdosorust ieBo-IpaBoro opraHn3aTopa B KpbIIe TacTpOoLIesIs IIITOPIIEBOM JIATYIIKY Ha cTanuy Heipyisl. hy/nGRP —
TUIIOXOP M TTOBEPXHOCTHAsl NIPe3yMNTHBHAsI Me3oaepMa xopabl, SGRP — moBepxHOCTHasi Tpe3yMINTUBHAsI Me30/IepMa COMUTOB,
LEC — narepanbHble SHTONEpMaibHBIE KJIeTKU, End — sHTONEpMa, bp — Gitactornop. A u P — nepenHsist 1 3aHsIs CTOPOHBI TeJia 9M-
o6puoHa, L u R — neBast m mpaBasi cropoHbl. Cxema 3apompliiia agantupoBaHa u3 Nieuwkoop, Faber, 1994, ¢ uameHeHnsIMM.

Ka kpbiu ractpouensi (Schweickert et al., 2007). Ha
cranuu Hewpyabl oonacte GRP npencrasiszeT coboit
BBITSHYTYIO TPEYTOJIbHYIO TJIACTUHKY Ha BHYTPEHHE
TMOBEPXHOCTU KPBILIU TaCTPOLIENSI, CIOXKEHHYIO ME30-
JepMaJIbHbIMU KJIETKaMU MPe3yMITUBHOI XOP/bI U CO-
mutoB. GRP co Bcex cTOpoH oKpykeHa SHToAepMab-
HBIM BIUTEIMEM, OT KOTOPOTO OTJIMYAETCS MEHbIITUM
pasMmepoM KiteTok (Schweickert et al., 2007) (puc. 6).
BaxxHo oTMeTUTB, uTO B TakoM Buae GRP cyiiecTBy-
€T HeJO0JITO, U YK€ K Hauajly CTaluM XBOCTOBOM TOY-
ku kjaetku objactu GRP yxonmsar ¢ BHyTpeHHel 1mo-
BEPXHOCTU MEPBUYHOIN KMUILIKHW, SHTOAEPMA KPBILIU
racTpoluesisi CMbIKaeTCsl, 1 TOBEPXHOCTh TacTpOLIeIst
OKa3bIBAETCS BBICTJIAHHOM TOJBKO SHTOEPMaIbHbI-
mu Kinetkamu (Shook et al., 2004).

Kak u B ciywae neBo-TIpaBOTro OopraHuM3aropa y
MBIIIM U KpoJimKa, KieTku GRP HecyT 1o omHOi# mo-
JIBWXKHOM pecHUuKe. [TokazaHo, 4TO 1151 YCIIEIITHOTO
dopMupoBaHUS ¥ TIO3UITMOHUPOBAHUS PECHUYEK
HeoOxomuMa paboTta reHoB myosinld n vangl2, oTBe-
YalolInX 3a TJIaHapHYIO TTOJSIpHOCTh KieTok (Tingler
et al., 2018). Pecunuku Ha kitetkax GRP Bpaiatorcs
10 YacoBOM cTpesiKe ¢ yacToToii 20—25 OueHuii B ce-
KyHIY, IX CyMMapHOe BpallleHre co3maeT Ham o6ra-
ctbio GRP 1ok xunkoctu cripaBa HajeBo. Kak u B
cllydae MBIIIH, JIJIs ITTOPLEBOI JISITYIIKM TTOKa3aHo,
YTO HaJIMUYME JIEBOHAMPABJIEHHOIO TOKA Ype3BblUaii-
HO BaXXHO JIUTSI YCTAHOBJICHUSI aCUMMETPHUH TeJla M-
OpMOHA: B YCJIOBHUSIX 3KCIIEPUMEHTAJIbHOTO OJIOKH-
pOBaHUS TOKA KUJIKOCTU IMOPUOHBI Pa3BUBAIUCH C
HapyleHusiMu acumMmeTpun (Schweickert et al.,
2007). ITotepss akcOHEMHOTO NUHEeMHA (TOMOJIOTHY-
HOTO TaKOBOMY Y MBIIIN) BBI3bIBaJa TaKKe HEIO-
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JNBVXKHOCTb PECHUYEK U JlaJiee HapyIIeHUs YCTAaHOB-
JIeHusT acuMMeTpun. Kpome Toro, y sMOpHoOHa JISITYIII-
KU OBbUIO TTOKa3aHo Hajinmuue Ha kieTtkax GRP noHHoro
KaHama Polycystin-2 1 ero HeoGXOIMMOCTb IS TIpa-
BWJIBbHOI JTaTepanm3annu 3aponspiiia (Schweickert et al.,
2007; Tingler et al., 2018).

Kocmucmeute poiObl: 1€60-npaswiii OpeaHU3amop —
Kyngepos nysvipex

Y koctuctbix puid (D. rerio, O. latipes) neBo-npa-
BBIM OPTaHW3aTOPOM aCUMMETPHUH SIBIISIETCS KyTide-
pos my3bipek (Essner et al., 2005). DTo crienudpuaHas
IUIST KOCTUCTBIX PBIO CTPYKTypa, hopMUpyromiasics B
KOHIIe TacTpYyJSIIIUM B 3agHEeM OTmejie Tejla, BeH-
TpaibHee Xopabl. Kyndepos my3sipek odpa3zoBaH Mo-
TOMKaMHU TaK Ha3bIBAEMbIX KJICTOK-JIUICPOB, KOTO-
pBIe COCTaBIISIIOT (POHT MHBOJIOMPYIOIIEH TOP3aTb-
HOIT 6J1acToAepMEBI BO BpeMsI TacTpyJisiunu. B KoHIle
TaCTPYJISIIIAM 3TH KJIIETKH SIUTEIU3YIOTCS U 00pa3y-
0T OOJbIIyI0 CchepUIecKylo CTPYKTypy. Bo Bpems
HavyaJbHBIX CTaAUil COMUTOreHe3a B IIEHTPE 3TOM
cdephl TIOSIBIISIETCA TIOJIOCTh, a Ha OOpallleHHBIX K
Hell almMKaJbHBIX MOBEPXHOCTSIX KJIETOK HAaYMHAIOT
¢dopmupoBatbest pecHuuku (Lin et al., 2017). B o6pa-
30BaHUM TIOJIOCTH KyTihepoBa IMy3bIpbKa 3a1eiicTBO-
BaH reH myosin ld, ipu ero MyTaluu NoJI0CTh He (hop-
MUpYyeTCsT HOpMaJIbHO, U JIEBO-TIpaBasi aCUMMETPHUST
Hapymaetcs (Saydmohammed et al., 2018). Kimetku
KyniepoBa ITy3pIpbKa HECYT 1O OMHOW PEeCHUYKE,
o0pallleHHOM B TOJIOCTh My3bIpbKa M OTKJIOHEHHOMN
Hazan. beITo TToKa3aHo, YTO 3TH PeCHUYKU TTOIBIIK-
HBI ¥ BpaIIaloTcs MO YacOBOM CTpeJike, KaK U pec-
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Puc. 7. CtpoeHne JIeBO-IIpaBbIX OPraHU3aTOPOB y OT-
NEeJIbHBIX MIPEICTaBUTEIICH TTIO3BOHOYHBIX JKMBOTHBIX. DK-
TolepMa NOKa3aHa OPaHXKEBbIM 1IBETOM, OOKOBasi Me30-
nepMa — KENIThIM, HTOIAEPMa/TUMOOIACT — TOIYOBIM,
OpraHM3aTop aCUMMETPUM — (DUOJIETOBBIN C 3eJICHBIMU
pecanukamu. © 2008 Wiley. Mcnonb3yeTcst ¢ pa3pelie-
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.

HUYKA SMOpPHOHA MBIIIIN, KPOJIMKA 1 JaryIiku. He-
CMOTPSI Ha TO, YTO ITy3BIPEK MMeEET C(hepruIecKylo
¢dopMy, B HEM yHaeTcs co3aaTh JICBOHAIIPABIEHHBI
TOK 3a c4eT Toro, 4To 80% pecHUYEK COCPEeTOTOUEHBI
Ha Kpboiire my3bipbka (Lee, Anderson, 2008). JleBo-
HamnpaBJIEHHbIA TOK MMPUBOAUT K aCUMMETPUYHOM
OKCIIPECCUM TeHOB CUTHAJIbHOTO KackKaga Nodal —
HaIpuMep, y SIOHCKOI MenaKu T'eH charon, TOMOJIO-
TUIHBIN cerl2 (peripeccopy nodal) y MbIIIH, SKCIIpeC-
CUpYETCS CIIpaBa M, IO-BUANMOMY, TOXE SIBISICTCS
penpeccopoM romoJiora nodal (Hojo et al., 2007). ¥
D. rerio akcnipeccus TeHa spaw, TOMOJOTUYHOTO TeHY
nodal MBIIIY, TaKXe 3aBHUCUT OT TOKa XXUIKOCTU B
KyngepoBOM ITy3bIpbKe: MpPHU ITIPaBUJIBHONM paboTe
PECHUYEK OH 3KCIIPECCHUPYETCSI Ha JIEBOl CTOPOHE
TeJla, U ero akTUBallM 3aIlycKaeT paboTy OCTaIbHbIX
KOMIIOHEHTOB CUTHaJbHOTO Kackanma Nodal (leftyl,
lefty2, pitx2) (Long et al., 2003). I'pu 61oKMpoBaHUU
9KCIIPECCUU Spaw HapyllaeTcsl SKCIPeccust 3TUX re-
HoOB. B akTuBaliuu curHajnbHoro Kkackaga Nodal y na-
HUO-PEPUO, KaK 1 Y MBIIIHU, YYaCTBYIOT KaJblLIUEBbIC
KaHajbl, Kogupyembie reHoM pkd2 (Yuan et al., 2015).

Puc. 8. Cxema nBUXEHUs KJIETOK BOKPYr NMEPBUYHOIO
y3es1Ka SMOPUOHA KypHIIbl BO BPeMsI FTaCTPYJIsSLIMU, YeThI -
pe cTaguu Tpoliecca, BUI C JOpCalbHOM cTopoHbl. Ha
TpeTheil cTaguu BUIHO MacCOBOE MepeMellleHUe KIETOK
Ha JIeBYy10 cTOpoHy aMOpuoHa. 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. Vicnonw3yetcs ¢ pa3peuieHust AAAS.

Pa3H006pa3ue cnocobos ycmaHoeneHUus acummenmpuu
cpeau NO360HOYHbIX

HecMotpst Ha TO, YTO MeXaHU3MBI YCTAHOBIICHUST
ACMMMETPHUHU 3a CYET aKTUBHOCTU PECHUYHBIX KJIE-
TOK Me30IepPMaIbHBIX CTPYKTYP dMOPHUOHA, CO3[al0-
X TOK XXUIKOCTH, OOHAPYKEHBI Y IIPeICTaBUTEIICH
pa3HBIX KJIACCOB MO3BOHOYHLIX (pUC. 7), DKCTpAIo-
JIMPOBaTh UX Ha JIFOOOrO MPeACTaBUTENST TTO3BOHOY-
HBIX CJIEAYeT C OCTOPOXHOCThIO. Cpear MO3BOHOU-
HBIX BCTPEYAIOTCSI M MHbIE MEXaHU3Mbl YCTAHOBJIE-
HUSI aCUMMETPUU, HE CBSI3aHHBIE C CO3JaHUEM
HaIMpaBJIeHHOI'O TOKA XKUIKOCTHU.

Y 5sMOpuoHa Kypullbl, B OTJIMYHE OT MBILIU, SHTO-
JiepMa, TIoACTUIaIoNIasl MePBUYHbBIN Y3€JI0K U COITyT-
CTBYIOLLIME CTPYKTYPbI, CIUIOIIHAS Y HE UMEET pa3phbl-
BOB. Me3onepMa 3MOpHUOHAa KypUIIbl OKa3bIBaETCs Te-
PEKPBITOI CIUIOIIHBIM 3HTONEPMAIBHBIM CJI0€M, U
HUKaKasi e 4aCTb HE 3KCIIOHUPYETCS Ha BEHTPaJIbHOM
CTOopoHe 3MOproHa. TakuMm obOpa3zoM, mMe3onepma He
MOXET 00pa30BbIBaTh PECHUUKHU U 3aITyCKATh TOK XKW1~
KOCTH, KaK 3T0 HabomaeTcs y Mbiiu (Schroder et al.,
2016; Tsikolia et al., 2012).

OCHOBHBIM MEXaHM3MOM YCTAHOBJICHUSI aCUM-
METPUM Yy SMOpPHOHA KYPULBI SIBIISIETCSI KJIETOUHAS
repecTpoiika B pailoHe TepBUYHOrO y3eiaka. Ha cra-
JIUW TacTPYJISILMM, BO BpeMsI KOTOPOIl IJIMHA Iep-
BUYHOI TTOJIOCKM MaKCUMaJIbHa, IIPOUCXOINUT OBICT-
poe (3—4 4) mepemMmeleHME KJIETOK, OKPYKAIOLINUX
y3€eJI0K, Ha JIEBYyI0 CTOPOHY, a caM y3eJIOK HEMHOTIO
n3rubaercs (puc. 8).

B pesynbrate reHbl shh (sonic hedgehog) u fgf8 (fi-
broblast growth factor 8), paHee 3KCIIpecCUpOBaBIIMe-
Ccd OIMHAKOBO C 00€MX CTOPOH OT y3eJKa, YBEeINIu-
BalOT MHTEHCUBHOCTh DKCIIPECCHUY Ha JIEBOM CTOPOHE
3apobiia. Shh 3arycKaeT 3KcIpecculo nodal B Me-
30/epMe Ha JIEBOM CTOPOHE TeJjla 3apOjblia ¢ ITOMO-
1IbI0 reHa-nocpenHuka caronte (Esteban et al., 1999),
YTO MPUBOIAUT K aKTUBALIMU XapaKTEPHOTO IS BCEX
IMO3BOHOYHBIX CUTHaJIbHOTO Kackaga Nodal (Pagan-
Westphal, Tabin, 1998). DxcriepuMeHTaIbHO ITOKa3a-
HO, YTO TP HapyIIeHWN MUTPALN KJIETOK BOKPYT
y3e/IKa caM y3eJIOK MPpUHUMAeT 0oJiee CUMMETPUY-
Hy10 (POpPMY, a FeHbI shh 1 fgf§ TpoaoIKaIOT IKCIIPEC-
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(6)

ButennnHoBast o60Ji0uka

Puc. 9. Cxema BpallleHusI HEUWpyJIbl aclMIUM B BUTEJIMHOBOU 0OoJouKe, BUI c3amu. (a) Havayso BpaimieHust sMOpuoOHa.
(6) Konen BpallieHusI SMOpPHUOHA, JJIMTEJIbHBIN KOHTAKT JIEBOM CTOPOHHI Tejla ¢ BUTEJUIMHOBOI 00OJIOUKOI 3aIlyCKaeT 3KC-
npeccuio Nodal B sxtonepMme. X — Xop/a, HT — HepBHasl TpyOKa, 9KT — 9KTOepMa, Me3 — Me301epMa COMUTOB ¥ OOKOBOIA Tia-
CTMHKHU, 9HT — 3HTOoNepMa. D u V — ciuHHas 1 OplolrHasi CTOPOHBI TeJia 3MOproHa, L u R — yieBast 1 mpaBast CTOpOHBI.

ITo nanusiM Nishide et al., 2012.

CHPOBAaThCSl ONMHAKOBO IO 00€ CTOPOHBI OT y3ejIKa
(Gros et al., 2009). IIpuyrHbBI 3TUX KJIETOYHBIX IBU-
JKeHWI Ha TaHHBIIT MOMEHT HEM3BECTHHI.

HMHTepecHo, 4TO, KaK U Y KypUllbl, Y CBUHbBU HE
HalileHO HUYETro MOX0XEro Ha peCHUYHBINA OpraHu-
3aTop aCMMMETPHH, 1 3a1TycK Kackama Nodal Ha e-
BOIf CTOPOHE 3MOpPHOHA CBMHBU TaKKe BBIZBLIBACTCSI
MUTPaALSIMU KJIETOK CIIpaBa HAJIEBO BOKPYT NEPBUY-
Horo y3enka (Schroder et al., 2016).

Koncepsamusnocms poau eena nodal u buenus
pecHu4ex 8 YCmaHo8AeHuu acummempuu

HecmoTtpst Ha BapnabGelbHOCTh (BO3MOXHO, BTO-
PUYHYI0) MEXaHU3MOB YCTAaHOBJIEHUSI AaCUMMETPUU Y
MO3BOHOYHBIX, MEXaHWU3M, CBSI3aHHLIA C OUEHUEM
PECHUYEK M TOKOM XUIKOCTH, UMEET, TT0-BUINMO-
My, TJIyOOKHE SBOJIOLMOHHBIE KOpHU. CXOXMe CIo-
COOBI YCTAaHOBJICHUSI JIEBO-MIPABOif AaCUMMETPUU 00-
HapyXeHbl Y HU3IIMX XOPIOBBIX U JaxKe B Mpeaeiaax
POOCTBECHHOI'O XOPAOBBIM THUIIA HMITTOKOXHNX, KOTO-
pBbIe TaKK€ OTHOCSITCSI K TPYIIITe BTOPUYHOPOTBIX KK -
BOTHBIX.

Acyuduu: poab 3kmooepmanbHbiX pecHu4ex
8 YCMaHo8AeHUU ACUMMempuU

Y muuunHok acuunuii C. intestinalis n H. roretzi Ha
CTaguu HEMpyJibl Ha JIEBOIl CTOPOHE Tejla HabJIroga-
eTCs IKCIpeccus reHa nodal, KOTOPBIA K CTaIUN XBO-
CTOBOI1 TTOYKM 3aITyCKaeT SKCIpeccuio reHa pitx (Mo-
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rokuma et al., 2002). O6a reHa TOMOJIOTMYHBI TAKOBBIM
Y IO3BOHOYHBIX, XOTS U 9KCIIPECCUPYIOTCS HE B ME30-
IiepMe, a B 9KToJiepMe. boJsiee Toro, cTuMysiom s 3a-
MyCcKa CUTHAJIbHOTO Kackaga Nodal, Kak U y MHOTHX
TMO3BOHOYHBIX, CITY>KUT paboTa pecHu4ek. Ha quuunH-
Kax 4eThIpeX BUAoB BUmoB acuunuii (H. roretzi, C. in-
testinalis, P. mammillata, C. inflata) nmokazaHoO, 4TO K
CTaAuu HEUpYJIbl 3KToJAepMasibHbIe KJIETKM T10 BCei
MOBEPXHOCTU Tejla, KpOMe HEPBHOU OOpO3Mbl, OTpa-
1IMBAIOT MO OHON PECHUYKE Ha KJIETKY. DTU PECHUY-
KU COBEpIIalOT MeMJIEHHbIC BOJTHOOOpa3HbIE IBMXKE-
Hus c yacroroit 1/7 I'epur (Yamada et al., 2018), 3a cueT
UX paboThl BCS JIMUMHKA 1IEJTMKOM ITOBOpAaYMBaeTCs
BHYTPU BUTEJJIMHOBOI OOOJIOYKM IIPOTUB YacOBOii
cTpeliku (TIpy B3TJIsae c3aan) (puc. 9a) 1 mpekpaliiaeT
BpallleHWe, KOrja JieBasi CTOpOHa Teja OKa3bIBaeTcsl
BHU3Y. JlajnbHeieMy IToBOpoTy (hU3NYECKU TIPEeTsIT-
CTBYET BBINyKJIasl HEpBHasl TpyoKa (puc. 90).

3a cyeT TOro, YTo BUTEJUIMHOBAsI 000JI0OUKa BABOE
Gosblle caMoit TMIUHKY (560 MKM TTpoTuB 280 MKM),
TOJIBKO JIeBasl CTOPOHA HEMpYJIbl HEMOCPENCTBEHHO
KOHTAKTUPYeT C BUTEJJIMHOBOM OOOJIOUKOM. BDTOT
KOHTaKT M 3aITycKaeT 3KcIpeccuio nodal Ha JeBoOif
CTOPOHE TeJla TUYMHKU U €€ TaTbHEUIITyI0 aCUMMET-
pU3alnIo: B cliyyae UCKYCCTBEHHO BBI3BAHHOTO (1IeH-
TpuGyrupoBaHNEM WM CXKaTHUeM) KOHTaKTa BUTEN-
JIMHOBOM O0OOJIOUKH C TIPAaBOM CTOPOHOI Tesaa SMOpHU-
OHa 3Kcrpeccust nodal BO3HMKAaeT TakKe U CIpaBa
(Nishide et al., 2012). 3anyck kackaga Nodal BeI3bIBa-
eTcsl OelKaMM, JIOKATM30BAaHHBIMUA Ha BHYTpPEeHHeI
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Puc. 10. CurnanbHbiit Kackan Nodal 1 acuMMeTpUyHOe pa3BUTHE JIMYMHKUA MopcKoro exa. © 2014 Wiley. Mcnionb3yeTcst ¢
paspemrerust Su Y.H. Telling left from right: Left-right asymmetric controls in sea urchins // Genesis, John Wiley & Sons.

MOBEPXHOCTU BUTEJZIMHOBOM 000I0YKHU, 4 PECHUYKU
He yJacTBYIOT B 3ToM I1poliecce (Tanaka et al., 2019).

Mopckue edxcu: nego-npaewiii opeanuzamop
acummempuu, pacnoNoNCeH bl @ NePeUHHOl Kulike

JleBo-TIpaBasi acuMMeTpusl y OuJiaTepaibHO-CHUM-
METPUIHOM JTMIMHKHA MOPCKOTO eXa TPOSBIICTCS B
dopMupoBaHNM 3aYaTKa Tejla B3POCIOTO KMBOTHO-
ro: JIeBbIi LIEJIOMUYECKUIT MEIIIOK MPOphIBacTCsS Ha
TMOBEPXHOCTD TeJIa JIMIYMHKNA OTBEPCTUEM-THIPOITO-
poii, a B maJbHENIIIEeM 00pa3yeT TaK Ha3bIBaeMBIN py-
JUMEHT, 3aKJIaJKy, U3 KOTOPOIi pa30BbETCS B3pOCIIOe
xuBotHOe (Duboc et al., 2005). ¥ TMIMHOK MOPCKUX
exeir P. lividus n S. pallidus oOHapyxXeHa acUMMeT-
puYHasi BKCIpeccusi reHa nodal, BHayajle B BEH-
TpaJbHOI 3HIOME30epMe apXeHTepOHa TMIMHKY, a
3aTeM U B 9KTonepMe. B oTiimdanre oT XopmoBhIX, Y KO-
TOPBIX nodal dKCIIpeccupyeTcsl clieBa, Y UTJTOKOXUX
nodal MapKUpyeT MpaByI0 CTOPOHY Tejla, He MO3BO-
JIsIS el pa3BUBAThCS IO JIEBOCTOPOHHEMY CIIEHAPHIO
1 00pa30BbIBaTh SKTOMUYECKYIO 3aKIaAKy PyAUMEH-
ta (Duboc et al., 2005). I1pu 3ToM BaxkHO OTMETUTD,
YTO MCXOMTHAasI 00JIaCTh SKCIIPECCUM nodal HaXOIUTCS
Ha BEHTPAJILHOI CTOpOHE TMYMHKHU, 2 HE HA 1OP3ajib-
HOIf, KaK Y XOPIOBBIX. DTO CIYXUT HOTIOJTHHUTEIIb-
HBIM apTyMEHTOM B IT0JIb3y TOMOJIOTUN AOP3aJTbHOM
CTOPOHBI XOPAOBBIX U BEHTPAJBbHON CTOPOHBI UTJIO-
Koxux (Blum et al., 2009). [Tomumo nodal, y MopckKo-
ro eXa HalJIeH ero perpeccop lefty, KOTOPHIii HE 1103~

BOJISIET CUTHANY nodal pacripoCTpaHSATLCS Ha JIEBYIO
cropoHy Tena mnauHKU (Molina et al., 2013), u rex
pitx2, KOTOPbI HaXoAWUTCs MOA KOHTposieM nodal n
BOBJIEUEH B PEryJISLIMIO Pa3BUTUS aCUMMETPUHN Teja
(puc. 10) (Su, 2014).

Ha ponb neBo-TpaBoro opraHu3aTopa y MOPCKUX
exXeil TIpeTeHIyeT YYaCTOK apXeHTepoHa. Y JTUIMHOK
MOPCKHMX €Xeil Ha CTaguu TacTpyJibl OOHapy>KEeHBI
PECHUYKHU, PACHIOJIOXKEHHBIE Ha ME33HTOAEPMAIIbHBIX
KJIETKaX MepeaHero KOHIa apXeHTepoHa U o0pallieH-
HbIE B ero mojocTh (puc. 116). Kaxnas kimeTrka HeceT
Ha alnuKaJbHOM MOBEPXHOCTU IO OJHOI pPECHUYKE,
CMEIIEHHOM K 3alHeMY Kpalo KJIeTKH (puc. 11r), u atu
PECHMYKY COBEpPIIAIOT BpalllaTeJbHbIC OBMXKEHUS. B
cllydae ymaJlleHUsl peCHUYEK C KJIETOK apXeHTepOHa
HapylaeTcs: npaBwibHas akcnpeccusa nodal (Tisler
et al., 2016). Bce 3T0 MO3BOJISIET MPEAITIOIOKUTEL Ha-
JINYME Y MOPCKOTO €3Ka MeXaHU3Ma 3aITyCKa CUTHAb-
Horo Kackaga Nodal rpy oMoy MOABMKHBIX pec-
HUYEK U TOKA KUAKOCTU, CXOKETO C TAKOBBIM MeXa-
HU3MOM Y IO3BOHOYHBIX.

CITOCOBbbl YCTAHOBJIEHUA
ACUMMETPU3ALINN
Y INTEPBUYHOPOTbLIX 2KMBOTHbIX

B rpyminy a1BycTOpOHHECMMMETPUIHBIX XKUBOTHBIX
Bilateria, noMruMO TakCoHa BTOPUYHOPOTHIX — Deu-
terostomia, BXOOUT OOIIMpHAsI U pa3HOOOpa3Helas
TpyIma MepBUIHOPOTHIX — Protostomia. Cpenm ee
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Puc. 11. JIeBo-TpaBhblii OpraHM3aTOpP JMYMHKNA MOPCKOTro exa. (a) Cpes yepes 6actonop racTpyiibl. (6) Cpes uepes nepeaHion
o0J1acTh apXeHTEpPOHa, CTpeJIKaMU YKa3aHbl peCHUUKHM. (B) CxeMa racTpyibl MOPCKOTO exXa. (T) 3agHee MoJIokeHUe peCHUYEK
Ha arnuKaJbHbIX TOBEPXHOCTSX KJIETOK ITepeaHeil o6nacTu apxeHrepoHa. AnantuposaHo u3 Tisler et al., 2016, coryiacHO yciio-
BusM Creative Commons Attribution 4.0 International License (http://creativecommons.org/licenses/by/4.0/).

MpencTaBUTENIe TakKe paclpocTpaHeHa BHELIHSS U
BHYTPEHHSISI aCUMMETpUS Tejla, Ype3BblUaitHO MHTe-
pecHas mist udydeHus1. Protostomia messiTest Ha Tpym-
bl Lophotrochozoa n Ecdysozoa, B Kaxmoii u3 KOTo-
PBIX MPENCTaBIEHbI CBOM CIIOCOOBI YCTAHOBJICHMUSI Jie-
BO-IIPaBOM aCUMMETPUU.

Mounnrocku Gastropoda: cnupaavroe dpobiaenue
U eeH ¢ MamepuHCKUM 3¢hgpexmom

T'oBops 0 TeBO-TIpaBoOif acMMMeTpUM TakcoHa Lo-
photrochozoa, cienyet B mepBylo oyepeab pacCMOT-
PETh OPIOXOHOTUX MOJUIIOCKOB. IMEHHO ¢ HUX Hadya-
JIOCh U3y4YeHME aCUMMETpUHU Yy KMBOTHBIX (Boycott,
Diver, 1923). CyliecTBYIOT BUIHI C IIPaBO3aKpy4YEeHHOI
WIY JIEBO3aKPYYEHHOM paKOBUHOI, a TaKKe BUIEI, Y
KOTOPBIX 3aKPYYEHHOCTh PAKOBUHBI UWHIWBUAYATHLHO
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n3MeHuMnBa. [loMuMo criupanbHON paKOBUHBI, BHYT-
peHHUE OpraHbl TAaCTPONON TOXE ACHUMMETPUYHBI.
JekcTpanbHble U CUHUCTPAJbHBIE OCOOU SIBJISIIOTCS
3epKATLHBIM OTpaXkeHWeM APYT ApYyra, XOTS 3epKab-
HOCTb TIPOIIECCOB IMOPUOTeHEe3a OCITapUBAETCSI HEKO-
TopbIMU aBTOpamu (Shibazaki et al., 2004). IToka3zano,
YTO XUPATBLHOCTb YIUTKU Lymnaea stagnalis oOy-
CJIOBJIEHA OMHMM I'€HOM C MaTepUHCKUM 3(Pp(HeKTOM,
pyuYeM IeKCTpabHbIN ajljie]ib SIBJISIETCSI JOMUHAHT-
HbBIM. TakuMm 0o0pa3om, eciau B TEHOME MaTepu XOTSI
OBl OJIMH aJIjIejIb U3 ABYX IEKCTPaIbHBI, €€ MTOTOMKU
OyoyT MpaBO3aKpy4YeHHBIMM, OaxKe €CIM HX CcOo0-
CTBEHHbIE aJlJIeJI 3TOTO TeHa 00a CUHUCTpPaJbHBI.
Ecim B cuHUCTpanbHYIO SUIIEKIETKY BBECTH HEMHO-
ro LMTOIUIa3Mbl U3 NEKCTPaJbHOM, TO SlIEKIeTKa
CMEHUT XUPAIBHOCTh Ha JEKCTPAIbHYIO, B TO BpeMsl
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Puc. 12. 3epkanbHOe pa3BUTHE NEKCTPAIbHOIO U CUHUCTPAIbHOro (heHOTUNOB y ractponon. © 2014 Wiley. Micnionb3yeTcst ¢
pasperieHust Coutelis et al. Diversity and convergence in the mechanisms establishing L/R asymmetry in metazoa // EMBO Reports,

John Wiley & Sons.

Kak obpaTHas oIrepaliist He MPUBEIET K U3MEHEHUIO
xupanbHocTu (Coutelis et al., 2014).

Ha poap mckomoro ¢akropa XupajJbHOCTU BBI-
JIBUTalOTCS ABa reHa, Koaupylolue popMuHbI — 6e-
KM, y4aCTBYIOIINE B MOCTPOSHMU AKTUHOBOIO IIM-
tockesnera (Kuroda et al., 2016). B monb3y 310t rumo-
Te3bl TOBOPUT TO, YTO pa3pylleHUe MUKPOTPYyOOUEeK
Ha cTaauu 4 6J1aCTOMEpPOB He BJIMSIET HAa YCTAaHOBJICHHE
JIEBO-TIPABOIi OCH, a pa3pyllleHNe aKTUHOBBIX MUKPO-
¢dwiaMeHTOB HapylnaeT (GOpMHUPOBAHUE 3TOU OCU
(Shibazaki et al., 2004). ITo mmociienTHUM JaHHBIM, I10-
JiydeHHbIM ¢ noMmolpio TexHojornu CRISPR/Cas9,
HOKayT TeHa bopmuHa Isdial y NeKCTpaJIbHBIX YUTOK
MPUBOAUT K MOSIBJICHUIO Y HUX CTPOr0 CUHUCTPAJIbHO-
ro MOTOMCTBA, HACJIeIyIOIIEero 3To u3MeHeHue. Takum
obpa3oM, UMEHHO /sdia I ABISIETCS UICKOMBIM “TE€HOM
XUPaIbHOCTU . DTO IeH ¢ MAaTepUHCKUM 3(PPeKTOM:
OCNKOBBIN ITPOAYKT IIPUCYTCTBYET B SIUIICKIIETKE U
omnpenensierT Oyaylylo XUpaJbHOCTb 3MOPUOHA yXe
Ha CTaguy 3WIOTHl Ha BHYTPHUKIETOYHOM YpPOBHE
(Abe, Kuroda, 2019).

BHeliHMe TTpU3HAKM JIeBO-TIPaBOii aCUMMETPUU Y
racTPOITO IIPOSIBIISIIOTCS MPU TPETHEM JEJICHUU IPO0-
JICHUSI, KOTJa MUTOTHYECKIE BepeTeHa YeThIpex OJa-
CTOMEPOB OTKJIOHSIIOTCSI OT BEPTUKAJIBbHOI OCU. DTO
MPUBOIUT K BU3YAIbHOMY MOBOPOTY OTACIMBIIEIOCS
KBapTeTa MUKPOMEPOB OTHOCUTEJIBHO MaKpPOMEPOB —
110 WJIM MPOTUB YaCOBOM CTpesiKu. Takoe mpobOieHue
Ha3bIBAIOT CIIUPAIbHBIM, M OHO XapaKTEPHO JIJIs1 TPyII-
el Spiralia. [TokazaHo, 9TO IMyTeM aKKypaTHOTO WC-
KYCCTBEHHOTO TTIOBOPOTa KBapTeTa MUKPOMEPOB MOX-
HO JOOUTHCS MTOJTHOTO UBMEHEHUS XUPAJTbHOCTU YJIUT-
KH, TIPUYEM TTOJTyYEeHHBIE XXUBOTHbBIE ObLIH 3I0POBHI 1
GepTUIILHBI, OTHAKO ITOJOOHBIE U3MEHEHMS XUpab-
HocTu He Hacnenytorces (Kuroda et al., 2009).

Y MOJITIOCKOB OTMEUEeHbI TOMOJIOTY TeHOB nodal 1
pitx, KOTOpPbIE Yy XOPIOBBIX OTBEYAIOT 32 aCMMMET-
puto. B pe3ynbTate Apo0aeHUs 3apoIbIliia TOMOJOTU
nodal n pitx TOXe 3KCIIPECCUPYIOTCS ACUMMETPUYHO:
Ha MpaBOM CTOPOHE Y IEKCTPaATbHBIX 0CO0ei 11 Ha Jie-

BOM — y CMHUCTpalbHEIX (puc. 12). B manbHeimem
9TH OE€JIKM 00YCIIOBIIMBAIOT BCIO ACUMMETPHUIO B3POC-
JIOTO OpTraHM3Ma, BEpOSITHO, Yepe3 MOCPeIHUYECTBO
mopdoreHa Dpp. I[Ipu BBemeHun MHruouropa, crie-
unduaHoro K cynepcemeiictey TGF-B (k koTopomy
otHocsTcsa Nodal 1 Dpp), acumMmeTpust mponaaaia,
U PaKOBUHBI YJIUTOK HMMEJIM KOHYCOBUIHYIO He3a-
KpyuyeHHy1o ¢popmy (Grande, Patel, 2009).

XapakTepHBIit 17151 OPIOXOHOTMX MOJIJTIOCKOB TOP-
CUOHHBII TOBOPOT (TO €CTh pa3BOPOT BHYTPEHHOCT-
Horo Memka Ha 180° B xome OHTOreHe3a), SIBJISIO-
IIUNCS OOHUM W3 TIPOSIBJICHUN MOPQOIOTrIIECKOMN
aCUMMETPUHU, JOJTO€ BpeMs CUMUTAJICS Pe3yIbTaToOM
MBILIEYHOTO YCUJIMSI JTUYUHKU, OJHAKO ITOKA3aHO
(Kurita, Wada, 2011), 4To OH IpOMCXOAUT M3-3a UH-
TEeHCUBHOI mpoudepaliyi MOTOMKOB KJIETOK, 9KC-
npeccupoBaBILINX nodal Ha 60Jee paHHUX 3TaIlaX M-
oOpuoreHe3a. BoszpeiicTBe Ha JIWYMHKY MOPCKOTO
omoneuka Nipponacmea fuscoviridis iHTruOUTOpPa K
oenkam cyrnepcemeiictBa TGF-B npuBoawio K mo-
JIaBJICHUIO TIPpOJN(epalui 3TUX KIETOK, U TOPCUOH-
HOTO TTOBOPOTA HE MPOUCXOIUIIO.

NEMATODA: ITOBOPOTbI BIACTOMEPOB
N HEKAHOHHWYECKHWU Wnt-TIVTb

Cpemu rpynnbl Ecdysozoa u3m00J€eHHBIM MO-
JeJIbHBIM OOBEKTOM OMOJIOTOB SIBJISIETCSI HEMaTola
Caenorhabditis elegans. Hematoabl OTHOCSITCSI K Opra-
HU3MaM C XOPOIIIO BEIPaXKeHHBIMM KJIETOYHBIMU JIH-
HUSMUA, © B MHOTOUYMCJICHHBIX MCCIIETOBAHUSIX TIPO-
ciexeHa cynp0a Kaxnoit kietku C. elegans. HecmoTpst
Ha 3TO, TIEPBUYHBINA CTUMYJI K HapyIICHHUIO OMJIaTe-
paJIbHOI CHMMMETPUU TOYHO He u3BecTeH. IlepBoe
MPOSIBJIEHUE aCUMMETPUH TIPUXOANTCS Ha CTaIUIO Ye-
TBIpEX KJIETOK. [1p1 MoAroToBKe K IeJICHUIO TTIepeTHIIA
¥ 3aIHUI TOpCaJTbHBIE 6JIaCTOMEPHI HEMHOTO TTOBOpa-
YUBAIOTCS HAIIPaBO, U MUTOTUYECKAsI OCh B KaXKIIOM U3
HUX TIepecTaeT OBITh TMEPIEeHIUKYISIPHONM aHTepHO-
TIOCTEPUOPHOit ocu. B pesynbTaTe moce AejIeHNs STUX
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(a) (6)

Puc. 13. OMOproH HeMmaToAbl Ha CTaauU 3UTOTHI (a) U
1mecTu KieTok (6). A u P — nepenHsisi v 3amHue CTOPOHBI
TeJia oSMOproHa, L u R — jreBast 1 mpaBasi ctopoHsl. Ctpelt-
KaMH MOKa3aHO HampapJeHUe MOTOKa KOPTUKAIBHOIO aK-
TUHOBOTO cj10s1. AnantupoBaHo u3 Naganathan et al., 2014,
cornacHo ycnoBusiM Creative Commons Attribution 4.0
International License (http://creativecommons.org/li-

censes/by/4.0/).

4 Drosophila
(a)

(©)

Abd-B

AccumeTpusanus
DE-kanrepun OpraHos
AKTHBaIMS S—— 11—
TPaHCKPUTIIINU )
/ \ B-Karenun

r——

2 F— | MyoID j
" CUHHUCTpAJbHBIIA

Puc. 14. YcraHosneHnue acummerpuu y D. melanogaster.
(a) TeHeTwyeckwii TyTh OIpPENECTICHUS ACUMMETPUU.
(6) Bzaumoneiictust 6eika Myosinld ¢ aKTMHOBBIM 1M -
tockesneroM. © 2014 Wiley. Mcrionb3yercst ¢ pa3pelieHus
Coutelis et al. Diversity and convergence in the mecha-
nisms establishing L/R asymmetry in metazoa // EMBO
Reports, John Wiley & Sons.

deHoTun

0J1acCTOMEPOB OKa3bIBaeTCsl, UTO JICBBIM OnacTromep B
KaXKTIOM TTape pacIioJIoXeH OJKe K Oyaylieil royiose,
yem 1ipaBkbiii (Pohl, 2011). B nBiskeHMsIX 6j1acTOMEPOB
3a/IeMCTBOBaHA CUCTeMa aKTUHOBBIX MUKpPOMhUIaMEH-
TOB U CHCTEMa MUKPOTPYOOUEK: pa3pylleHue JIIo00i
M3 HUX MpeKpalaeT MmoBopoT 6JacTOMEPOB 1M acUM-
MeTpu3anuio sMOpuoHa Hemartonbl (Naganathan
etal., 2014).

B nBuzkeHus1X 61acToMepoB yyacTByoT PAR-06e-
Ku u G-06eK1, COBMECTHOE IeCTBHE KOTOPBIX BbI-
3bIBA€T HAIIPABJIEHHBIE CMEIIEHUS KOPTUKAJIBbHOIO
CJIOSI KJIETKU 1 MuTOoTHUYecKoro BepeteHa (Pohl, Bao,
2010). XupanabHble MOBOPOTHl KOPTUKAJIBHOTO CJIOSI
OUTOIUIa3MbI OTMeUYeHBI y aMOpuoHa C. elegans yxe
Ha ctaguu 3urothl (puc. 13a). ITokazaHo, 4yTO B3au-
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MOJAEHCTBUS MUO3UHA C aKTUHOM B KOPTUKAITbLHOM
CJIO€ BBI3BIBAIOT MEXaHUYECKME HATIPSIKEHUST U Bpa-
IaTeJIbHbIe CMEIIeHUSI aKTUHOBOI CETU IO YaCOBOM
cTpeike (KOpTUKalabHBIM TOK). Ha cramum getnipex
6J1aCTOMEPOB BTH K€ XMpaJbHbIE BpalllaTeJIbHbIC MO-
MEHTBI B KOPTHUKAJIILHOM CJIO€ IIPUBOAST K CMEIIE-
HHIO BepeTeHa aeieHms (Naganathan et al., 2014)
(puc. 130).

V Ecdysozoa He HaliieHO TOMOJIOTOB T'eHa nodal.
3aryck moBOpOTa JOPCAIbHBIX OJaCTOMEPOB OCY-
IIECTBIIIETCST Yepe3 HeKaHoHW4YecKuii Wnt-myThb. 3a-
KpeTjieHe paHee YCTaHOBJIEHHON MOP(MOIOrMIecKomi
JIEBO-IIPAaBOIl aCUMMETPUM U OOHO3HAYHOE OIIpe/eiie-
HUE CyIbObI KJIETOK ITPOMCXOIUT HAYMHAS CO CTamuu 12
KJIETOK, KOIJIa MEXKAY IMTapHbIMU OJlJacCTOMEPaMU BO3HU -
KaloT pa3nuusi B paboTe curHajgbHOro Iyt Notch
(Ponl, 2011).

IMPEACTABUTEJIb ARTHROPODA: MUO3NH
N HATAKEHUA MEMBPAH KJIETOK

Bo Bcex pacCMOTpPEeHHBIX BBIIIE CIIydasx aCUMMET-
pust opraHM3Ma yCTaHaBIMBaIaCh B X0Jie SMOpHOTreHe3a
pa3 1 HaBceraa, oOyCJIOB/IMBAs OIpeaeICHHBIN ClIeHA-
puii pa3BUTHUSI OpraHoB. TeM yauBHUTENIbHEE ciTydait
nposopunsl D. melanogaster (4WI€HUCTOHOTHE, KaK U
HEeMaToIbl, OTHOCATCH K rpyrme Ecdysozoa), y koTopoit
OTHEJIbHBIE OpTaHbl (KUIIEYHUK, CEMEHHBIC TIPOTOKM)
MPUOOPETAIOT ACUMMETPUYHOE CTPOSHHUE HE3aBUCHUMO
JIPyT OT APYyTa M Ha pa3HbIX 3Tanax oHToreHe3a. Mx pas-
BUTHE KOHTPOJUPYETCSI OMHUM TeHOM myosin Id (romo-
JIOTUYHBIM T€HY ITO3BOHOYHBIX), 3(PHEeKThl KOTOPOro
MIPUBOIAIT K “IeKCTpalbHOMY (heHoTUry Myx. MHTe-
PECHO, YTO BBIKITIOYEHME 3TOrO I'eHa B KOHKPETHOM Op-
raHe MPUBOAMUT HE K PaHIOMU3ALUM aCUMMETPUU Op-
raHa, Kak MOXHO ObLIO ObI OXHUIATh, 4 K pa3BUTHIO
JIOKAJILHOTO “CHHMCTpajbHOTO” heHOoTUIA (Spéder
et al., 2006). CaM reH myosin Id KOHTpOIUPYETCS O~
HuM n3 Hox-reHoB abd-B, n 1Ipy BEIKJIIOYEHUH 3TO-
TO reHa acuMMeTpHUs BoBce He pa3BuBaetcsd (Coute-
lisetal., 2013). ITonoGHbIEe 3(pDEKTHI BO3AECHCTBUS HA
CUTHAJIbHBIM KacKal MO3BOJISIIOT IIPEAIIOIOXUTD Ha-
JIM9MEe elle He OTKPBITOro “CHMHUCTPaILHOTO” TIyTH,
KOTOpBIA aKTUBUPYETCs TIPOIYKTOM reHa abd-B v uH-
TMOMPYETCsT MapajuleJIbHBIM “IeKCTpaJbHBIM ITyTEM
yepe3 myosinld, a B ero OTCYTCTBYE HaMpaBJIsieT OpraH
M0 CUHUCTpaJIbHOMY ITyTH pa3BUTHs (puc. 14a).

IMponykTt reHa myosinld — GenoK U3 ceMelicTBa
MUO3MHOB, CHOCOOHBIN IepeMellaTh Ipy3bl BIOJb
HUTU aKTUHa 3a cyeT aHepruu AT®. [I1g ycraHoBIIE-
HUSI aCUMMETPUM TOI MU UHOM CTPYKTYpPHI B Opra-
HHU3ME Apo30(GUiIbl 3TOT OEJIOK B KJIEeTKax TaHHOM
CTPYKTYPBI CBSI3BIBACTCSI C KJICTOYHOM MeMOpaHOM
yepe3 DE-kanrepun u B-karenuH (puc. 146). Takxke
moKa3zaHa IlepeJada CUTHaJla Ha MeMOpaHy depe3
aturmmuHbIin kKanarepud Ds (Gonzalez-Morales et al.,
2015). 3a cueT nepeMelIeHUsI MUO3UHA BIOJIb aKTU-
HOBBIX MUKpPO(HWIAMEHTOB BO3HUKAET aCUMMETPUYI-
HOE HaTSDKeHHEe MeMOpaHBbI, KOTOPOe, IMO-BUIMMO-
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Puc. 15. ODxcnpeccust Ndru Pitx B 3auaTkax 60KOBBIX Ioyek rujapbl. [To nannbiM Watanabe et al., 2014.
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Puc. 16. Crioco0bl yCTaHOBJICHUSI aCUMMETPUHM Ha (huiioreHeTndecKoM apeBe Metazoa. © 2014 Wiley. Mcnonb3yeTcst ¢ pa3pe-
meHust Coutelis et al. Diversity and convergence in the mechanisms establishing L/R asymmetry in metazoa // EMBO Reports,

John Wiley & Sons.

My, U ONpelelsieT NalbHEHIIyIo JIaTepalnu3aluio.
I/IHTepeCHO, 4YTO B OTCYTCTBUEC MMO3MHA HATAKCHU A
MeMOpaHbI BCE paBHO HAOII0HAIOTCsl, YTO YKa3bIBa-
eT Ha CXOOHYI C MUO3MHOM HPUPOAY ITOKA HEU3-
BECTHOTIO “cuHHMCTpalibHOro” ¢akrtopa (Coutelis et al.,
2014).

CNIDARIA: DKCITPECCHUA KOMITIOHEHTOB
CUTHAJIBHOTI'O KACKAJIA NODAL
[MTPU TTOYKOBAHHUUA

o cux mop acCMUMMETPUIO B CTPOEHUM TeJia ObLIO
MPUHSITO paccMaTpuBaTh y ounarepuii. OqHako He-
naBHO ObLTO mokaszaHo (Watanabe et al., 2014), uro
MPEANOChUIKU K JIEBO-TIPaBOii aCUMMETPUU UMEIOT-
CsI My CeCTpUHCKOI1 ¢ Bilateria rpyrmbl — paguaibHO-
cumMmeTpnuyHBIX Cnidaria. Tak, IpecHOBOIHBIC IT10-

Junel poga Hydra BpeMeHHO HpHOOpEeTaloT 4YepThl
JIBYCTOPOHHE! CUMMETpUM IIpU IToYKoBaHUM. bbuio
MOKAa3aHO, YTO B 3a4aTKe MOYKM JOYCPHETO ITOIMIIa
DKCIPECCUPYETCS TeH ndr, UMEIOIINI 3HAYNTEIbHOE
CXOJCTBO ¢ nodal y ounatepuii. bonee Toro, 3ToT reH
3amycKaeT dKCIpeccHlo reHa pitx (puc. 15). [Tomumo
9TOr0, B TeHOME THAPHI HalileHbI T€HBI- PEIIPECCOPBI
nodal, mpunamiexaiiue cemeiictBam Cerberus u
Dan, u smad2/3, 3ageiicTBOBaHHBIE B IIepeaaye CUT-
Hasa ot nodal. Takum o0pa3oM, yKe y TUAPHI IPUCYT-
CTBYeT KaK MUHMMYM 4YacCThb CUTHAJbHOTO KacKaaa
Nodal.

SAKJTIOYEHHUE

MexaHU3MBbl YCTAHOBJIEHUSI aCUMMETPHUU B pa3-
HBIX TpYyINaxX XXWBOTHBIX MOXHO CIpYIITMPOBATH I10
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HECKOJILKMM XapaKTepHbIM IIpU3HaKaM. buenue pec-
HUYEK, CO3MAIOIIMX HaIpaBJIEHHBII TOK >XUIKOCTH,
KakK MpUYMHA 3allycKa aCUMMETPUYHOM 3KCIIPECCUU
TeHOB XapaKTepHa IS BCEX TPYII HMO3BOHOYHHBIX,
KpoMe TITUL, (M3Y4eHHBIX Ha IIpUMepe KypHUIIbl) U
OT/ICJIbHBIX BUIOB MJICKOMMUTAIOIIMX (CBUHBS). O6-
Hapy>KMBAIOTCS 3HAUUTEIIbHBIE CXOICTBAa B MOp(O-
reHese, CTPOSHUU U (PYHKUIMOHUPOBAHUU JICBO-
IIPaBOro OpraHMU3aTopa AaCUMMETPUU Y MIIEKOIIATA-
fomux, aMm@uomit 1 perd. 3aKOHOMEPHO TPEIAIIOIO-
XWTb, YTO PECHUYHBIN JI€BO-TIpaBblii OpraHu3aTop
aCUMMETPUM SIBJISIETCS 0a3aJIbHbIM IIPU3HAKOM I10-
3BOHOYHBIX, OBIBIIMM y UX OOILEro IpeaKa, a ciaydan
€ro OTCYTCTBUSI Y KypULIbI U CBUHBH SBJISTIOTCS PE3YJIb-
TaTOM BTOPUYHOM YTpaTBl 3TOil CTPYKTYpPBI M, KakK
CJIEICTBUE, YTPATHl “pEeCHUYHOro” Criocoda yCTaHOB-
JICHUSI aCUMMETPUU.

OO0OHapyXeHHe “pecCHWYHBIX MEXaHU3MOB” yCTa-
HOBJICHUSI aCUMMETPUM Y aCLIUINIA 1, TJIaBHOE, V UT'-
JIOKOXUX TIO3BOJISIET CTPOUTH ellle Oojiee cMelible
MpeanojaoxkeHus1. PeCHUUHBINM OpraHu3aTop acuM-
METPUU UIJIOKOXMX OOHApyXMBAET OIIpeaeIcHHEIC
CXOJICTBA C TAKOBBIM Y ITO3BOHOYHBIX: PACITOJIOXKE-
HUE B TMEPBUYHOI KUIIKE, MOABUKHBIE PECHUYKU,
CMEIIeHHBbIE K 3aJJHEMY Kpalo KJIECTOK, aCUMMETPUY-
HO HAIIpaBJIEHHBIM TOK XWUAKOCTH B IIEPBUYHOI
KUIIIKE, TIPUBOISIIINIA K 9KCIIPECCUU TEHOB, PETYJIH-
pYIOIIMX YCTAaHOBJICHUE aCUMMETpUM. BrionHe Bepo-
SITHO, YTO Y UTJIOKOXWE, U XOPAOBbIE YHACIIEIOBAIU
CXOIHBIM MEXaHM3M aCHUMMETPU3ALMU OT OOIIeTo
MpeaKa, 4YTO OTOABUTAET BpeMsl BOSBHUKHOBEHUS pecC-
HUYHOTIO JIEBO-TIPABOr0 OPraHM3aTopa aCUMMETPUU
Ha ellle OoJjiee paHHEe B3BOJIOLIMOHHOE BpeMs, K
MpeaKy BCell KJIaabl BTOPUYHOPOTHIX.

INepecTpoiiku aKTUHOBOIO LIMTOCKEIETa HEO0X0-
JUMBI 1T YCTAHOBJIEHUSI aCUMMETPUH, IO KpaitHeil
Mepe, Yy nepBUYHOPOThIX. Y Hemaronbl C. elegans,
nposoduiiel D. melanogaster v ynutku L. stagnalis Ha-
TSDKEHUE aKTUHOBBIX (DMJIAMEHTOB BBI3BIBAET MeXa-
HUYECKUEe HANPSDKEHUsI B KOPTUKAIBLHOM CJIoe KJle-
TOK, IIPUBOASILIME K CMEIICHUIO BEpeTeH JeJICHUS
KJIeTOK. MIHTepecHOo, YTO B 3TOM IIpolecce 3ameii-
CTBOBaH I'eH myosin Id, TOMOJIOTH KOTOPOTO y MO3BO-
HOYHBIX TaKXKe OKa3aJMCh HEOOXOAUMBbI JJISI yCTa-
HOBJIEHUSI acCUMMeTpuu. TakuM o6pa3oM, pojb ak-
TUHOBOTO LHMTOCKEJeTa B YCTAHOBJICHUM JIEBO-
IIpaBoOii aCUMMETPUM U 3BOJIIOLIMOHHAsI KOHCEpBa-
TUBHOCTB 3TOM POJIX OCTAIOTCSI MHTEPECHBIMU Te-
MaMM JJIsI U3YYEeHUSI.

CurHanbHbli kKackan Nodal aBiaseTcs 3BOJTIOLIMOH-
HO KOHCEPBAaTMBHOM FTEHETUYECKOIM OCHOBOI aCUMMET-
pyu y TIpeACTaBUTENIEii BCeX M3y4eHHBIX TPYITI BTOPUY-
HOPOTBIX. DTO MO3BOJISIET C YBEPEHHOCTBIO 3aK/TIOUNTh,
YTO yKe y ITpeaKa BTOPUYHOPOTBIX 3TOT KACKal BHIITOJ-
HSUI BaKHYIO POJIb B YCTAHOBJICHUM aCUMMETPUM.

B rpyriie nepBUYHOPOTHIX CUTYALIMS HE CTOJIb O -
HosHauHasg. ¥ Ecdysozoa He HaliileHO T€HOB, TOMO-
JIOTUYHBIX TeHaM CHTHaJIbHOTO Kackama Nodal, a B
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rpyrre Lophotrochozoa poiib 3TOTO Kackamga m3yde-
Ha TOJIbKO Y OPIOXOHOTMX MOJIJIIOCKOB, Y KOTOPBIX
MEXaHU3M YCTAaHOBJICHUS aCUMMETPUM Ha KJIETOY-
HOM YPOBHE OTJIMYAETCS OT TAKOBOT'O Y BTOPUYHOPO-
ThIX. [TOo3TOMY BONpOC O TOM, y4acCTBOBAJI JIU CUT-
HaJIbHBINA Kackan Nodal B ycTaHOBJIEHMM acUMMET-
puM y OOIIeTo mpeaKa NepBUIHOPOTHIX, OCTAETCS B
3HAYUTEJIbHOU CTEIIEHU OTKPBITHIM U TpeOyeT Aajb-
Helmx ucciegoBaHuii. TeM He MeHee, (aKT ydya-
CTUSI OOHOTO W TOrO K€ KacKaJa B YCTAaHOBJIECHUU
aCUMMMETPUH Y TIpeliCTaBUTE/Ie KaK MEPBUYHO-, TaK
1 BTOPUYHOPOTHIX MO3BOJSET IIPEANOIOXKUTh €T0
CXOIHYIO (PYHKIIUIO U 'y UX OOILIUX ITPEIKOB — 6a3ab-
HBIX OMJIaTEpUIA.

HenaBHss1 Haxonka curHaJIbHOTO Kackama Nodal y
MpeACTABUTENST KHUOAPWIA, TUIOPbLI, OTOOBHUIAET €ro
BO3HMKHOBeHME 110 ob1rero npeaka Cnidaria n Bilate-
ria, 4To ITO3BOJISIET MPEANOJIOXUTh, YTO 3TOT KacKal
ObLI yXXe Y paHHUX Metazoa, a ero OTCYTCTBUE B IPYIIIIe
Ecdysozoa — pe3ysbrar BTOpU4HOI yTpath (puc. 16).
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Sl 6marogapto Moero HaydHoro pykoBoautesss CtaHu-
craBa BaneppeBrnua KpemHeBa 3a moMoIb B HallMCaHUU
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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 establishment, left-right organizer, body plan, metazoans, bilaterians, Nodal,
development
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BNOJIOTUA PA3BUTUA XKNBOTHBIX

INEIITUAbI CEMAKC U HLDF-6, BBEAEHHDBIE KPBICAM PA3HOI'O
BO3PACTA, PEI'YJIUPYIOT PUTM CUHTE3A BEJIKA B I'ETTIATOILIUTAX,
NCIIPABJIAA HAPYIIEHUA ITPU CTAPEHUN
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J1J1s1 yTOUHEHMSI OpraHu3yIolLLero neiicteus rnentuaoB cemMake 1 HLDF-6 Ha KuHeTuKy crHTe3a 6ejka B rerma-
TOLIMTAX, B IOTMOJHEHUE K uccaenoBaHuto in vitro (bponckuii u np., 2019) usyuninum 3¢hdeKThl 3TUX TENTHI0B
in vivo TIoCJIe BHyTPUOPIOITMHHOM MX MHBEKIIMN KpbICaM pa3HOTo Bo3pacTa. McciemoBanm oKoao4acoBoii (Yiib-
TpaavaHHbBIIN) PUTM CUHTE3a O6eJIKa, MapKep MPSIMBIX MEKKJIETOUHBIX OTHOIIIEHU. MOJIOIBIM, TTOJIOBO3PEIBIM
JUIM CTapbIM KPBICAaM BHYTPHOPIOIIMHHO BBOIVUIM ITeNTHABI — B 1o3ax 50— 100 MKr/KT. BeImelsiin remaTonuThl
U CTaBUJIU PEIKUE WIU IMIOTHbIE KYJIBTYPbl. ¥ MOJIOABIX KPBIC, MOJIYYMBIINX TOT WJIM MHOM TENTUIL, B UX
PEIKUX CYTOUHBIX KyJbTypax OOHAPYKUJIU PUTM CUHTEe3a 0eJKa; Y KPhIC TOTO Xe Bo3pacTa, KOTOPhIM MHb-
elpoBair (U3pacTBOp, pUTMa B TaKUX KyJbTypaxX He ObLTO. B MIOTHBIX KyJIbTypaX CTapbiX KPbBIC TTOCIIC
BBEICHUS TeNTUAA aMIUIMTYIBl PUTMa CHHTe3a O6eka He OTIMYAIMCh OT pPUTMa MOJIONBIX KPHIC; MOCIIe
WHBEKIIUU (PU3pacTBOpa aMILUIMTYIAbl pUTMa ObUIM BABOE HUXe. MHBEKIIMS TIeNTHIa B3pOCIbIM KphIcaM,
TTOJYYIMBIITM 10 3TOTO 1ohaMUH, OOHAPYKMIa HOPMaJIBHBIN 71T KPBIC 3TOTO BO3pacTa pUTM CHTe3a GeJIKa;
WHBEKIUS TOJbKO AoaMuHa JUKBUAUPOBAIa pUTM. PeryasaTopHblii 3¢h¢heKT NenTuaoB COXpaHscs I10
MEHBIIIe Mepe 2 THSI TTocJIe OMHOKPATHOTO MX BBEICHUS Kpbice. PEKOMEeHIyeTCsT UCTIOJIb30BaHNE cCeMaKca
i HLDF-6 n1s1 yaydieHust COCTOSTHUSI CTaphbIX JIOAei, KOMITEHCALIMY HapyILIeHU il KWHETUKY CUHTE3a

Oenka IIpU CTap€HUMN U IMaTOJIOTUH.

Karouessie crosa: IeNITUIBI, PUTM CUHTE3a OeJiKa, cTapeHue
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BBEJEHUWE

PaHee, BBoJsI B cpefy € KyJIbTypaMU TenaTolUTOB
KPbICHI MENTUI CEMAKC WU APYTroid pPeryassTOpHbII
nentun HLDF6, Mbl 06HapyKJIN U3MEeHEHUS] KHE-
TUKU CUHTe3a Oejika, OJarornpusiTHbIE IJis KJIETOK,
BBIIIEJIEHHBIX OT CTapbIX XKUBOTHBIX (bponckuii u np.,
2019). Omnpenensiain OKOJOYACOBOW PUTM CHHTE3a
Oenka. PutMm, xapakTepusyloluii CUHXPOHU3ALIWIO
KJIETOK IMYTEM MPSMBbIX MEXKIJIETOUHbIX B3aUMOE-
CTBUi1, HAXOMST B ITOTHBIX KYJIbTYpax KpbIC J1000TO
Bo3pacTta. Ho B KynbTypax cTapbiX >KMBOTHBIX aM-
TUIUTYbl pUTMA 3HAUYUTEbHO HUXKE, YEM Y MOJIOIBIX.
JobGaBieHWe NENTUAOB B Cpely C TAKUMU KyJIbTypa-
MU MOBBIIIANIO aMILUIMTYIbl pUTMa TIOYTU BIABOE, 0
YPOBHSI PUTMa KYJIbTYP, BBIAEJIEHHBIX OT MOJOIbIX
JKUBOTHBIX. [IJ1s1 TOrO 4TOOBI PEKOMEHI0BaTh UCCIe-
JIlyeMble MENTUIbl ISl YJIy4IIeHUsI COCTOSIHUSI CTa-
PBIX JIIONEH, CIIEAOBAJIO ONpPEAcUTh WX 3(PEPEKTHI
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in vivo, TIpU BBeACHUM WX XUBOTHBLIM. JlOXOISAT I
JIEKapCTBa JI0 IIEYECHU C KPOBBIO 1, €CJIN ITOCTYIIAlOT B
MEXKJICTOUHYIO Cpeny, NEACTBYIOT JIK KaK B KYJIbTYpe
IpH TIPSIMOM UX OEeHCTBUM Ha KiIeTKN? MOXHO JH
TaK>Ke PEKOMEHIOBATh MENTUIBI I KOMIIEHCALIUU
JIeiCTBUS BELIECTB, HAPYIIAIOIINX KHUHETUKY CUHTE-
3a Oelika, OJIOKMPYIOIINX aKTUBHOCTh COOTBETCTBY-
o1ux peuentopoB? IIpy MOJOXUTENIBHBIX OTBETax
CJIeIOBAJIO BBISICHUTb, KaK JIOJIT0 COXpaHsSeTcsT Ojia-
TFOTBOPHOE IJII KMHETUKU CUHTe3a OeliKa JeiicTBUe
MNernTUa0B?

MATEPUAJIBI U METO/J bl

OnbITHI IOCTaBAEHBI Ha cTapbiX (2—2.5 roma, Bec
480—600 r) 1 MoJOABIX, MONOBO3pebix (3—4 Mec.,
Bec 200—300 r) kpwicax cammax Bucrap. Kpnicam
BHYTPUOPIOIIMHHO BBOIWIN MENTUI — CEMaKC WU
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HLDF6 B mozax 60—100 MKr/Kr I cemMakca Wi
50—60 mkr/xr miss HLDF6. I1penBaputenbHO UCce-
noBany 3¢p@eKTH MEHBIIINX U OOJBIINX 103. Yepes
60 MMH U3 TIEYeHU BBIIE/ISIN TeMaTOLUUTHI, CTABUIN
IUIOTHBIE WJIA PEeIKue KYIbTYpbl U Yepe3 CYTKU MC-
clIeqoBaid KMHETUKY CMHTe3a Oenka. B HeKOTOphIX
OITBITaX KPBICHI TIOJIyJaiu NenTun ¢ KopmoM. KoH-
TpoJu: (pU3NOJOTUUECKUI pacTBOP, a IUIsI ceMaKca —
CMeCh aMWHOKHCJIOT, COCTaBJISIOIIMX 3TOT IemnTa-
ITETITUI.

MeTonbl BbIEASHUS TeMaTOLUTOB, UX KYJbTUBU-
pOBaHUS U UCCIIeTOBAaHUSI KWHETUKW CUHTe3a OeKa
MHOTOKPaTHO PAaCCMOTPEHBI paHee, a TAKXKE B HeJlaB-
Hell ctatbe B XypHaie “OHtoreHe3” (bpoackuii
u 1p., 2019). Kopotko, nenanu cieayroiee. ['enaro-
LIMTHI BBIASJSIIN U3 TIEUeHU MPU MTOMOIIU TTepdy3uH.
JJ1st KyIbTUBUPOBAHUSI TeNaTOLUTOB MCITOJb30BaIN
cpeny 199 6e3 coiBopoTku (“ITandko0”, Poccust): K
cpene noo6asisiau 0.2 Mr/mMi albOyMUHa 1151 KJIeTOY -
HBIX KynbTyp (“Sigma”, CIIIA) u 0.5 MKT/MJI THCY-
smmHa (“Sigma”, CI1IA); razoBas cmech — 10% CO, u
90% Bo3myxa. 17151 moJTydeHUs TUIOTHBIX KYJIBTYp, CYyC-
MeH3uIo, cogepxanuiyio ~1 X 10°/Mi renarouuros,
HaJIMBaJIU B yailiku [leTpu co crekyiaMmu, MOKPbITBIMU
KoJJTareHOM. Penkue KyabTyphbl MOIyYalau U3 TOM Xe
CYCIIEH3UHU TeNaTOLUTOB IPU pa3BeASHUU €€ IIPUMeEp-
Ho B 10 pa3. Uepes 2 4 cTekia KyJbTyphl (KaxKaass Ha
OTIEJIbHOM CTEKJIe) OTMBIBAJIM OT HE MPUKPEITUBIITNX-
CsI KJIETOK M MX 00710MKOB. Uepes 24 4 cpeay MeHsUIU
Ha HOpMaJIbHYIO, CBEXXYIO cpeay u yepe3 20 MUH B Te-
yeHue 2 4 Kaxable 10 MUH Mocaea0oBaTeIbHO OTOMpa-
JIU pOOBI MO TPU KYJABTYphI (TpU CTEKJIa) Kaxnas u
WHKyOUpoBaiu ux ¢ *H-neiilinHOM.

KyneTypbl Kaxmgoili mpoObl MHKYOUPOBAIU OJ-
HoBpeMeHHO B TeueHue 10 muH npu 37°C B cpene
199 6e3 neitnuna (“ITan®ko”, Poccust) ¢ BHeceH-
HBIM B Hee MedyeHbIM SH-neiiumnom (MMTI PAH,
25—30 mxKwu/mi, cienududeckas MOJISIpHaAs aK-
tuBHOCTh 70—100 Ku/MMomnp). 3aTeM KyJIbTyphI
MIPOMBIBAJIA XOJOAHBIM (PU3UOJIOTUUYECKUM PaCTBO-
POM C M30BLITKOM HEMEUEHOTO JIEHIINHA 1 00pabdaThI-
Bau 5%-HOoi1 XJIOPHOI1 KUCIIOTO B TeueHue 60 MUH,
IOCJIe YeTrO MPOMBIBAIIU CITMPTOM, OEJIKU PacTBOPSI-
M ruamMyuHoM (OeH3eTOHUYM xjopumn; “Sigma”,
CIIA). BrnroueHue 3H-neiiuyHa B 6€JIK1 U paguo-
AKTUBHOCTb CBOOOIHOTO JieHIMHA (KUCIIOTOPAaCTBO-
puMast ppaxiysi) U3MEPSIIA Ha CHUHTUWIISLITOHHOM
cuetyuke Tri-Carb 2810TR (“Perkin Elmer”, CIIIA).
s xaxkaoi KyJIbTYpPhl PAaCCUUTHIBAIN OTHOCUTEb-
HOE K KHCJIOTOPACTBOPUMOI (hpaKUIMU BKIIOUECHUE
neiinuHa B 6enku Icorr. Takue oTHOCHTENIBHBIE Be-
JINYUHBI HOPMAJIU3YIOT KYJITYPHI IO YUCITY KJIETOK,
a TakoKe 110 HeOOoIbIIT0i BapnadbeIbHOCTH TEMIIEPaTy -
pHI B TeUEHUE OMBITA.

PE3YJIBTATbBI 1 OBCYXIEHHUE

IMockoabKy M1060i MOMYJISIIIUOHHBINA OKOJIOUaco-
BOI1 pUTM OPTaHU3YyeTCS B KIETOUHOM KYJIBType TOJIb-
KO TIyTeM TIPSIMbIX MEXKJICTOUHBIX B3aUMOIEUCTBUIA
(0630psl: bponckmii, 2014, 2018), kaxkmoe oOHapyxKe-
HUE pUTMa — OJHO3HAYHBII MTOKAa3aTe/Ib TAKUX B3au-
MopeicTBuii. OTCyTCTBUE pUTMa TakKxKe ONpencsieH-
HO T'OBOPUT O TOM, UTO KJIETK! HE B3aUMOICHCTBYIOT.
OTIBITHI, TTIPUMEPBI KOTOPHIX JAI0TCI Ha puc. 1—7, 1mo-
BTOPSIJIM, HO 3HAYMMbI U €OUHUYHbBIC Pe3yJIbTaThl.
AMIUIATYOBI pPUTMa XapaKTEPU3YIOT BHIPaXKEHHOCTH
MPSIMBIX MEXKJIETOUHBIX B3aMOACMCTBUIA, KOOIIe-
paluy KJIeTOK B OpraHM3amu puTMa.

HekoTtopsle apyrue TpeaBapuUTebHBIE 3aMeyda-
Husi. Bo3pact KphIChI, KaK U3BECTHO, XapaKTepU3yeT
ee Bec ('ambapsH, Jykenbckast, 1955). Kproichl pac-
TYT BCIO CBOIO >XM3Hb — 110 2—3 jeT. Macca Teyia Mo-
JIOBIX ITOJTIOBO3pelibiX Kpbic — 180—300 r, Bec cTapbIx
2-n1eTHUX KpbIc okoio 500 T m 6onee. Bropoe: remmaro-
LIATBI MOJIOJON TI0JIOBO3PENOM KPbIChl YPE3BbIYAHO
cnabo mponmdepupyionas KieTodHasl ITOMY/IsIIus;, B
po0ax N3y4eHHBIX HAMU KYJIbTYP He ObUIO IEJISIIIXCS
KJIeTOK. TpeTbe: KyJIbTyphbl UCCIEA0BAINU B OECCHIBOPO-
TOUYHOM cpene, npemioxeHHoi B.B. Tepckux u tectu-
poBaHHOIT Ha cuHTe3 6enka (bponckuii u np., 1996).

Ha puc. 1 npuBeneH mpuMep UCCIETOBAHUS PEll-
KUX KYJIBTYp Yy MOJIOABIX KpbIC. B Takux CyTOYHBIX
KyJIbTypax, Kak MHOTOKpPaTHO TOKa3aHO HaMM pa-
Hee, cpa3y Mocjie OTMbIBAaHHUS U MEPEHOCA B CBEXYIO
cpeny, pUTM CHUHTe3a Oejlka He OOHapy:KHBacTCs.
Bsenenue kpoice pusnonorndeckoro pactsopa NaCl,
BBbIIIEJICHUE Yepe3 Yac TenaTolMTOB M MOCTaHOBKA
penKuX KyJIbTyp MOATBEpAMIa 3TOT BbIBOI. BTOpoii
KpbICe MPUMEPHO TAKOTO Xe BO3pacTa 1 Beca BBEJIU
BHYTpUOpIOIIMHHO cemakc. [Tocie Takoii ke, Kak y
TepPBOI KPBICHI, 00PaOOTKU B PEAKUX KYJIbTypax Ha-
IIJIM YEeTKUI OKOJOYacOBOM PUTM CUHTe3a Oejika C
BBICOKOJOCTOBEPHBIMM MaKCUMyMaMU U MUHUMY-
MaMu. Y TpeTbeil KpBICHI, KOTOPO BBEJMW IIEIITHU]L
HLDF-6, TakXe BBISIBIIEH pUTM C TPEMsI IEpUOIaAMU
B TeueHue 2 4.

Crenytoluii OMNbIT MOCTaBJAEH Ha TJIOTHBIX KYJib-
Typax TenaToluToB cTapblx Kpbic. Kak moka3aHo pa-
Hee (0030p bponckuii, 2014), B Kj1eTKax cTapbIX KPBIC
aMIUIMTYJla pUTMa CUHTE3a Oe1Ka 3HAUUTENbHO HUXKE,
YEeM Y MOJIOJIbIX JKUBOTHBIX, YTO TOBOPUT O HAPYIIIEHU -
SIX KOOTEepallMi KJIETOK B OPTaHUW3allui KWHETUKU
cuHTe3a 6enka. Ha puc. 2 3ToT BBIBOM, ITOATBEPXKICH Y
KOHTPOJILHOM cTapoii KpbICHl. Ilociie BBeneHMsI BTO-
PpOM CTapoi KpbICE CEMAKCa UJIM TPETbEI KpbICe TEM-
tuaa HLDF-6 Habirogaan puT™M ¢ BBICOKMMUA aMILIM -
TyIaMU.

ITomyTHO BBISICHWIOCH, YTO 3(pPEeKT ceMakca Ipo-
SIBJISIETCS HE TOJIBKO ITOCJIE €r0 MHBEKIUU, HO TaKXKe
MocJje KOPMJIEHUSI KpbIC ceMakcoM (puc. 3). B kynbry-
pax TeIraToLUTOB CTaphIX KPbIC, KOTOPBIM C KOPMOM
Jalld ceMakKC Wi (pU3UOJOTUUECKUA pacTBOpP (KOM-
OMKOPM CMOYMWJIM pPacTBOpAMU COOTBETCTBYIOIIEH
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Puc. 1. CyrouHble penkue KyJabTypbl TeIaToIUTOB MOJIOABIX KPHIC, BHYTPUOPIOIIMHHBIE MHBEKIINU. 2 — Kpbice BecoM 280 T
BBeJIM (hu3pacTBop, yepe3 1 U BbIACTWIIM reraTOLMThl M TOCTaBUIN KYJIbTYPbI, Yepe3 CYyTKU MCCIeIOBAIM KUHETUKY CUHTE3a
6enka; 6 — kpbice BecoM 310 1 BBesn cemakc — 100 MKT/KT, gajiee Kak a; B — Kpbice BecoM 320 r BBesiu HLDF-6 — 60 MKr/KT,
najee Kak a. 3/ech U 1ajiee: Kaxaasi Touka — CpeliHee IJIsl TPOObI U3 TpeX KYJIbTYpP B JaHHOE BpeMsl + olmbKa 3Toii cpenHei;
CIUTONIHASI TIpsiMasi IMHUSI CPeIHUI ypOBEHb CUHTe3a OeJika (cpeaHsisi apudMeTrueckast) (cpm) Juisi BCex KyJIbTyp BapUaHTa
OIIBITa, B JAHHOM CJTy4ae 36 KyJIbTyp, KaXast Ha OTAEIbHOM CTEKJIe; TyHKTUPHBIE NPSIMbIE JIMHUU BBIIIE 1 HIDKE CpeaHeil + ommoka

3TOIi OOIIElT CpeTHEe.
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Puc. 2. CyrouHble TUIOTHbBIE KYJbTYPhI T€MaTOLMTOB CTapbIX KPHIC, BHYTPUOPIOLIMHHBIE MHBEKIIMU. 2 — Kpbice BecoM 520 r
BBeJIM (hu3pacTBop, yepe3 1 4 BbIACIMIIM reraTOLUThl M TOCTaBUIN KYJIbTYPbI, Uepe3 CYyTKU MCCISI0BAIM KUHETUKY CUHTE3a
Genka; 6 — kpbice BecoM 550 1 BBenu cemakc — 100 MKT/KT, gajiee Kak a; B — Kpbice BecoM 480 r BBesiu HLDF-6 — 60 Mkr/Kr,

Jlajiee Kak a.

KOHILEHTpAaL1) 3HAYUTEIBHO OTJIMYAJIUCh aMILIUTY-
IBI pUTMOB. B peakux KyJIbTypax MOJOIBIX KpPbIC, Ha-
KOPMIIEHHBIX CEMaKCOM, HAIIJIA PUTM CUHTe3a OeJika
(puc. 4); B KOHTpOJIe B PEAKUX KYyJIbTYypax MOJIONOit
KpPBICHI pUTMa HeT (puc. 1 ¥ MHOTOKpaTHO paHee).
CunTanoch, YTO B KUIIEYHUKE MEHTUI paclagacTcs
JI0 aMUHOKMCIIOT. MBI TIPEINOI0KIIIN, YTO KOJICOAHUST
CHHTe3a 6eJIKa CUHXPOHU3UPYIOTCS P TTEPOPaATEHOM
BBEICHUM TIENTUIA OOHOM U3 ero aMUHOKHUCIIOT. Ta-
Kasl cMeCh aMUHOKMCJIOT, COCTABIISIIOIIASI CEMAKC, ObI-
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JIa cobpaHa: METMOHUH, IJTyTAMUHOBAsI KHUCJIOTa, TH-
CTUIVH, (beHWIAIaHUH, TPOJIMH, TJWLMH, TPOJIUH.
IMocne KopMIIeHUSI MOJIOIOM KPBICHI PACTBOPOM CMECH
AMWHOKMUCJIOT B Pa3HbIX KOHLIEHTPALUIX PUTM CUHTE-
3a Oeska He Haluuii (puc. 4). DTU OMBITHI TO3BOJISIIOT
PEKOMEHIOBaTh UCITOIb30BaHME CeMaKca, KaK JieKap-
CTBa, B TabJjieTKaxX IMOCJIe MCIBITAHUI TaGlIeTOK ISt
HEPOMPOTEeKTOPHOIO JECTBUSI ceMakKca, OOOCHO-
BaHHOTO BO MHOTHX pabOTax.
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Puc. 3. CyTouHbIe TIJIOTHBIE KYJIBTYPHI TeaTOIIMTOB CTaphIX KPBIC, IEpOpaIbHOE BBEIEHUE. a — KpbICy BecoM 590 T 1tocie cy-
TOK TOJIOIAaHWSI HAKOPMMWJIM KOMOMKOPMOM, CMOYEHHBIM (hU3pacTBOPOM, Jajiee Kak puc. 1 u puc. 2a; 6 — kpbicy Becom 550 r
HaKOPMWJIM KOMOMKOPMOM, CMOUYEHHBIM ceMakcoM u3 pacuera 100 MKr/Kr, gajiee Kak puc. 1 u 2.

OK0JIOYaCOBOM PUTM CUHTE3a OeJIKa OTpeae/INIIN
y 0akTepmii, U3y4eHHBIX OMHOKIETOUHBIX 3YKAapHUOT,
a y MJIEKOITMTAIOIINX — B IeraToluTaX 1 KepaTuHO-
[UTaX, KIETKaX OKOJOYIITHOM U ITOIKETYI0YHOM JKe-
JIe3, B pa3HbBIX HeiipoHax (003o0p, bpomnckwmii, 2014).
Kak u npyrue ¢ppakrajbl, 0KOJIOUYACOBEIC PUTMEL 1, B
YaCTHOCTHY, PUTM CHHTe3a OeJiIKa KpaitHe HeperyJisip-
HBL. Takye pUTMBI MOTYT OBITh OCHOBOM (DYHKIIMO-
HaJIbHBIX 1 META0OIMYECKUX afaITaluii, BEIOOpa Om-
TUMaJIbHBIX YacTOT, YTO HA pa3HBIX IMpHUMepax 000C-
HOBAHO 9KCIEPUMEHTAILHO Y HAOJIIOOaId B KIIMHUKE
(0030p, bponackmii, 2018). 'emaToLUTHI I MOIEIIb
JIJIS TAKWX UCCIEAOBAaHWI, a pUTM B HallleM CJTy4yae uc-
TI0JIb30BaH KaK MapKep MEXKJIETOUHBIX B3aMMOEii-
cTBUit (cM. TakKe cTp. 3). YeM cuiibHee KIETKU B3au-
MOJIEVCTBYIOT APYT C IPYTOM, CUHXPOHU3UPYS UHIN-
BUIyaJIbHBIC KOJICOAHMSI, TeM OOJIbIIIe aMIUIUTYIbI
MONYJIIIMOHHOTO pUTMa CcUHTe3a Oenka. PaHee B
KYJIBTypax IreraToluTOB, MOIyYeHHBIX OT KPBIC PA3HOTO
BO3pacTa, Mbl OOHAPYXIJIN 3HAUYUTEILHOE YMEHBIIIE-
HUE aMIUIATYI PUTMA B KYJIBTypaX CTapbIX KPBIC CpaB-
HUTEIBHO C MOJIONBIMHU; IENITUIBI, BBEICHHBIE B CPEIY
C TAaKUMM KYJIBTYpaMH, YBEJIMYWIN aMIUTATYIBI PUTMA
(bponckuii u ap., 2019). B HacTos11eit paboTte nenTu-
Ibl — cemake i HLDF-6 — BBoguu Kpeicam. Dd-
¢eKT ImoATBepaAUIICS in Vivo: IENTUIB KOMIICHCUPY-
IOT CTapyeCKue M3MEHEHUS MEXKJIETOUHBIX B3al-
MoJIeicTBUl. MI3BECTHO, YTO HapylIeHUs CBSI3€il
MEXIy KJIETKaMU — OJHAa U3 IIPUYMH HelipogeTreHe-
paTUBHBIX 3abosieBaHuit (iut. Yrpiomosn, 2014), B
OCHOBHOM, TIPUCYILIUM CTapbIM JIIOASIM. YCUJICHUE
MEXKJIETOUYHBIX B3AUMOJCUCTBUIA TIENTUIAMU — pa-
Hee HeM3BeCTHOe ux cBoiicTBo. [ToaToMy Hapsimy ¢
yX€ OOOCHOBAaHHBIMM HEWPONPOTEKTOPHBIMU MX
apdexkramu, nentuasl ceMakca 1 HLDF-6 moryr

OBITH PEKOMEHIOBAHEBI JJIST IIIMPOKON NMPOoPUIaKTH -
KU1 B CTApOCTH.

Hccnenmosanue 3¢pdeKTOB MENTUOOB in Vivo TIpU
MHBEKIIUU X KpbIcaM 000CHOBAJIM BBIBOJI paOOTHI Ha
KJIETOYHOM KYJIbTYpe O BO3BMOXHOCTU KOMIIEHCAITUN
OTPUMILIATEILHOTO BJIMUSIHUSI HEKOTOPBIX JIEKAPCTB Ha
MEXKJIETOUHBIC B3aummojelictBus. Tak, modamMuH,
IIUPOKO MCIIOJb3YyEeMBbIil TTPU COCYAUCTO-CEPACYHO
HEIOCTAaTOYHOCTH, IMKBUAMPYET PUTM CUHTe3a OeJI-
Ka B IIeYeHU 1, CY[s 110 pelienTopaM, TakKxkKe B IOIKe-
JypoyHoi xesne3e u moukax (Brodsky et al., 2012).
HMuveknus cemakca unu HLDF-6 nocie modamuHa
BOCCTAHABJIMBAET PUTM CHHTe3a Oejika (HaIrpuMmep,
puc. 5). OTIBIT TOCTaBJI€H HA TUIOTHBIX KYJIbTYpax MO-
JIOOBIX KpEIC. B KoHTpOoie (MHBbeKIIMS pu3pacTBopa),
Kak Bcernma, YeTKMit puT™M cuHTe3a oenka. Mabekms
KpbIce OJIM3KOTO Beca U Bo3pacTa 1odaMuHa JTUKBU-
IUpOBAJI0O pUTM. TpeTheil Kphbice 4Yepe3 4ac Mociie
MHBEKIIMU HodaMrHa BBEJIM ceMakc. PUTMm Boccra-
HOBUJICS. MOXHO peKOMeHI0BaTh Mocjie He0O0XOau -
MOIro BBeIeHMs modaMuHa 4YelIOBEeKy, 4depe3 He-
CKOJIbKO YaCOB MHBEIIMPOBATh OJUH U3 NEITUIO0B.

Kak nonro coxpansiercs addekT cemakca WU
HLDF-6? VccnenoBaiu INIOTHEBIE KYJIBTYPHI CTaphIX
KpbIc. Pe3ynbTaThl aHAIOTUYHBI U151 ABYX TENITUAOB.
Ha puc. 6 mpumep mist HLDF-6. OnHoit Kpbice BBe-
M duspactBop, yepe3 60 MUH BBIIEIUIN TTIOTHBIC
KYJIBTYPBI U Uepe3 CyTKU UCCIIeIOBAIM CUHTE3 OesIKa.
Bropoii kprice BBein HLDF-6 u B Te XXe cpoKM HC-
clleoBajlv CUHTE3 Oesika. Y TpeTbeit KpbIChI TenaTo-
LATHl BBIAEIWIM 4Yepe3 CYTKU TIocCjie WHBEKIUU
HLDF-6. ¥ Takoii KpbIChI, KaK U Y BTOPOA, OBIJT YeT-
KU pUTM CHHTe3a Oejika B TeueHUue IBYX JHeit mocie
nabekuun HLDF-6. B onbiTe ¢ cemakcoMm (puc. 7)
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Puc. 4. CyrouHble peikue KyJbTypbl MOJIOIBIX KPBIC,
nepopajibHOe BBelIeHHUE. a — KpbIcy BecoM 350 r mocie cy-
TOK TOJIOTAHUSI HAKOPMUJIU KOMOMKOPMOM, CMOYEHHBIM
pacTBOPOM CMECH aMUHOKMUCIIOT (M3 cocTaBa ceMakca) u3
pacuera 100 MKr/Kr, najee Kak puc. 1—3; 6 — KpbICy Be-
coM 330 r TaKuM XKe CITOCOOOM HAKOPMMJIA KOMOMKOpP-
MOM, CMOYE€HHBIM ceMakcoM u3 pacuera 100 MKr/KT.

WICCIIEIOBAIN PEIKHE KYJIBTYPBI MOJIOABIX KphIC. [1o-
CTaHOBKa OITHITOB OBIJIa TAKOI K€ KaK CO cTapbiMu. B
KOHTpOJIE B peIKUX KyJbTypax pUTMa CUHTe3a Oejlka
He O0bU10. CeMakc opraHu3oBajll putM. DddeKT co-
XPpaHsUICS TI0 MEeHBIIIeit Mepe 2 ITHS.

Hrak, nentunsl cemakc 1 HLDF-6 niocie BBene-
HUS UX KPbICE PETYJIMPYIOT KUHETUKY CUHTe3a OejKa
B KieTkax IedyeHn. CeMakc — (papMalleBTUYECKUIA
Tnpernapar, 00JaIaloIIii HOOTPOITHOM M HEeHpoIpo-
TEKTOPHOU aKTUBHOCTBHIO (MscoenoB, I'puBeHHU-
KoB, 2004; JleBuukas u ap., 2008, 2010; Dmitrieva
et al., 2010). Cemakc BaIMsIET Ha IIPOLIECCHI, CBSI3aHHbIC
¢ (hopMupoBaHUEeM TTaMSITU, YCUIMBAET U30UpaTeIb-
HOe BHMMaHWE NpU 00yYeHUU U aHa/Inm3e nHpopMa-
Uy, yaydlllaeT agalTalydio opraHn3Ma K TMIIOKCHU,

OHTOIEHE3 tom 51 Ne2 2020
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Puc. 5. CyTouHble TUIOTHBIE KYJBTYPBI MOJOIBIX KPBIC,
BHYTPUOPIOUIMHHBIE UHBEKIIMU. a — Kpbice BecoM 280 r
BBeJIM (hU3pacTBOp, Yepe3 120 MUH BBIICIWIN renaTol-
Thl ¥ MIOCTABWJIM TJIOTHBIE KYJIBTYPHI, JaJIbHEHIIIe Mpo-
1eTyphl CM. TIPEABIAYIINE PUCYHKH; 6 — Kpbice BecoM 300 T
BBeJM 15 MKr/Kr modamuHa, yepe3 120 MUH BBIACIWIN
renaToluTbl ¥ OCTaBWJIM TUIOTHBIE KYJIBTYPHI, ajiee Kak a;
B — Kpbice BecoM 310 1 BBesn 15 MKT/KT moamMuHa 1 4e-
pe3 60 MuH cemakc 100 MKT/Kr eriie Ha 60 MUH, TIOC/IE Ye-
TO BBIACJIUIN TEMaTOLMThI M MIOCTABWIMN TUIOTHBIE KYJIb-
TYypHI, Jajiee Kak paHbllle.
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Puc. 6. [l1oTHBIE KYJIBTYPBI CTapbIX KPbIC, BHYTPUOpPIOIIMHHAS UHbeKLMS nentuna. CoxpaHeHue a¢hdekTa nenTuaoB. a —
Kkpbice BecoM 500 r BBeau u3pacTBOp, yepe3 60 MUH BBIACIWIM TEMaTOLMThI M MTOCTABWIN TUIOTHBIE KYJbTYpHI, Aajiee Kak
panbiiie; 6 — kpbice BecoM 480 r BBenn 60 Mkr/kr HLDF-6, uepe3 60 MUH BbIACIMIIM TEMATOLUTBI U TOCTABUJIN IJIOTHBIE KYJIb-
TYpBI, Yepe3 CYTKM MCCIIeoBaJIi CUHTE3 Gelika; B — Kpbice BecoM 350 T BBemu HLDF-6, yepe3 cyTKy BBIIETWIN FeMaTOUThI
U MOCTaBUJIY TUIOTHBIE KYJIBTYPBI, €1lie Yepe3 CYTKU UCCIIe0BaIM CUHTE3 OeKa.
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Puc. 7. OnbIT, aHAJIOTMYHBIN pUC. 6, HO UCCAEHOBAIN PeAKUe KYJIbTYPbl MOJOABIX KpbIC. a — KpbIice BecoM 300 r BHyTpUOpPIO-
IIAHHO BBeNU (HU3pacTBOP, MOCTABUIIN PEKUE KyAbTYphl M Yepe3 CYTKH MCCIIeoBaIA CUHTE3 Genika; 6 — Kpbice BecoM 260 T
BBesin 100 MKT/Kr cemakca, najee Kak a; B — Kpbice BecoM 290 r BBEJIM ceMaKc, Yepe3 CyTKU MOCTaBWIN KYyJIbTYPbI.

HepeOpaybHOM MIIIEMUM, HApKO3y M IPYTMM IOBpe-
KIAIOIIMM Bo3aecTBUSIM. Ero ocoOeHHO peKOMEHIY-
IOT TI0CJIE MHCYJIBTOB U APYTMX HapyIIeHUSIX (PyHKIIIA
1 MeTaboam3Ma Mo3ra. 11t HelpoImpoTeKTOPHOTO M-
tnga HLDF-6, B paMkax co3naHust (hapMalieBTHYeCKO-
ro mperapara il JedeHus 0one3Hu AJblreiiMepa u
MIIIEMUYECKOTO MHCYJIbTa, ObLIM BBIIIOJHEHBI B ITOJI-
HOM 00BbeMe JOKJIMHUYECKUE ucciienoBaHus (3ojoTa-
peB u 1p., 2014; Bodachouk et al., 2016; Zolotarev et al.,
2016). brelia ycTaHOB/IEHA BBICOKAsI HEMPOIIPOTEKTOP-
Hast akTuBHOCTE Trentrga HLDF-6, ero npuMmeHeHue
MPUBOIUT K ITPAKTUIECKH ITOJTHOMY BOCCTaHOBJICHUIO
NaMsITH IIPY 3TUX HeHpoaereHe paTUBHBIX ITaTOJIOTH -

ax. [Mentun, HLDF-6 nipenoxpaHsieT HEWPOHBI TUII-
nokammna (opraH, MOBpeXAAIOILIMICcs TIpu O0JIe3HU
AJbliTeiiMepa) OT TOKCHUYECKOTO AcHCTBHS OeTa-
amuiounga. I[Ipu astom HLDF-6 abcoitoTHO HETOKCHU -
YeH, 1 JaXe ThICSIYEKpaTHOE IpEBLILICHUE TepalleB-
TUYECKOI MO3bI HE TIPUBOIUT K ITATOJIOTUYECKUM 13-
MeHeHUsIM. [1J1st cpaBHEHMsI MOXKHO CKa3aTh, YTO BCE
MperapaThl, UCIIOJIb3yeMble B Tepallii HeiipoaereHe -
paTUBHBIX 3a00JIeBaHMI1, 00JIaaI0T BEICOKOI TOKCHY-
HOCTBIO YK€ IIPH IIPEBBIIEHUU JIEYSOHOM 103l B HE-
CKOJIBKO pa3.

Hamu nmokaszaHo BIUSHUE 3TUX ABYX NENTUIOB Ha
CUHTe3 GeJiKa B KJIeTKaX IeUYeHU, paHee TIPU IIPSIMOM
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JIeICTBUM Ha TeIaTOLUMTHI MOCje BBEACHUS MeNTUIa
B KYJIBTYPAJIBHYIO CpeNy, TEIEPhb IOCIE UHBEKLIUU
Kpbice. OCOOEHHO 3HAYMMO HaOIIOACHUE BIIMSIHUS
cemakca 1 HLDF-6 Ha KuUHETUKY CMHTE3a OejIKa re-
MaTOLIMTOB CTapbiX Kpbic. Kak yxXe oTMedanock, re-
MaTOLMTBl B ATOM Cllydyae, MOAENb IS U3YyYeHUs
MEXXKJIETOUHBIX B3aMMOIeicTBUil. PaHee cXomHbIe
OTHOIIICHUS ONPEAeJICHbl B pa3HBIX KJIETKAaX, BKIIIO-
yasi HepBHbIe (0030p, bponckuii, 2018). ONbITHI in Vivo
MO3BOJIIIOT PEKOMEHIOBATh KaXIbIil TENTUH KaK
MpodUIaKTUYECKOE W KOMIICHCATOPHOE CPEeICTBO
JUTST YIYYIIEHUST COCTOSTHUSI CTapbIX JIOJCH.

BJIATOOJAPHOCTHU

Bbnaronapum LleHTp KOJUIEKTUBHOTO WCIIOJIb30BaHUS
NBP PAH 3a ucnons3oBanue obopynoBanus 11KII.

OPMHAHCUPOBAHUE PABOTHI

Pa6ota BbInoJiHeHa Tpy YacTUYHOI rompaepxke PODU
(rpanT Ne 17-04-00460), rocymapcTBEHHOTO 3alaHUs I10
wiany HUP UMTI PAH Ne AAAA-A19-119022590101-1.

COBJIIIOAEHWUE OTUYECKNX CTAHIAPTOB

Bce mpuMeHMMBIe MeXXAyHapOIHbIE, HAIlMOHAJILHEIE
WU/VJIM MHCTUTYLUMOHAIbHbIE TTPUHIIUTIBI UCITOJIb30BAHUS
JKMBOTHBIX B 3KCIIEPUMEHTAX M YCJIOBUS yXOla 3a HUMU
ObLIIU COOJIIOAEHBI.
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The Peptides Either Semax or HLDF-6 Injected to Rats Regulate Protein Synthesis
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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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Hwuatomest Nitzschia palea — IMPOKO pacIpoCcTpaHeHHAasl 3BpUOMOHTHAsI BOIOPOCIIb, OOUTAIOIIAsl B OEHTOCE
MPECHOBOIHBIX BOJOEMOB M BOJIOTOKOB, IMOYBAX U Teiiepax. OTOT BUI UMeeT OMOTeXHOJIOTUYECKUI TTOTEeH-
LIMaJI, TIO3TOMY JaHHBIE O €r0 OMOJIOTUH TMPENCTABIISIOT IPAKTUIECKUIT MHTepec. XOTs OH M3Yy4JaeTcsl TaBHO,
MOJTHOM MH(MOPMALIMK O XKU3HEHHOM 1MKIIe N. palea, BKitouasi JaHHbIE MO KapAWHAIBHBIM TOUKaM, TTO-TPeK-
HeMy HEIOCTaTOYHO. B 3Toii cTaThe, OCHOBAaHHOI Ha HAIIMX COOCTBEHHBIX MCCIIEIOBAHMSX 1 TAHHBIX JINTEpa-
TYpPbl, MbI IOTIOJIHSIEM U 00600111aeM UMEIOLLYIOCSI MH(POPMALIUIO O XKU3HEHHOM LIMKJIE BUIA, BKITIOYAs JaHHbIE
0 Mopdosornv, MOphHOMETPUM, TEPATOJIOTUIECKUX CTPYKTYpax CTBOPOK M KapIWHAIBHBIX TO4uKax. Takske
BriepBbIe Wi N. palea ToKa3aHO, YTO TIOTOMKH HACJIEIYIOT yYaCTOK MUTOXOHAPUAIBHOTO TeHa cox1 TOJIbKO OT
ponutens omHoro nosna. [loaydeHHble JaHHbBIe OyIyT BasKHBI IIPU UCCIeNOBaHUHY (prytoreorpaduy Buaa, a Tak-
ke obecrievar hyHAaMEHTaTbHYIO OCHOBY TEXHOJIOTUHU JUTUTEIBHOTO NoaaepkaHusi N. palea B KybType.

Karoueswie croea: natomoBasi Bomopocib, Nitzschia palea, XU3HEHHBII LIMKJI, KapAWHAJIbHbIC TOYKHU, Y4a-

CTOK IeHa cox1, yHUIIapeHTaIbHOE HaclleOBaHUe
DOI: 10.31857/50475145020020020

BBEAEHME

IIpencraButenn Bacillariophyta Bce gamie ctaHo-
BSITCSI OObEKTAMHU MIPOMBIIIJIEHHOTO KYJIbTUBUPOBA-
HUS C LEIbI0 MOJYyYEeHUs ITOJIE3HBIX BEIIECTB, MO-
CKOJIbKY OHM CIIOCOOHBI CHUHTE3MPOBAaTh KUPHI,
KUpPHBIE KMCJIOThI, ITOJIMCaXapUabl, MUTMEHTHI, Ha-
HOpa3MepHbIe KpEMHUCTBIE CTPYKTYpHI U T.14. (Da-
vidovich et al., 2015; Hess et al., 2018; Jin et al., 2018;
Zhang et al., 2018). OgHako IIMTEIbHOE IToAAepXKa-
HUe OOJILIIMHCTBA KJIIOHOB AMATOMOBBIX BOIOPOC-
JIE B XKM3HECIIOCOOHOM COCTOSTHUM IpOoOIeMaThyd -
HO M3-3a 0COOEHHOCTEel MX KU3HEHHOIO MK, B
pe3yJIbTaTe KOTOPOTO ITPOUCXOIUT YMEHbBIIICHHUE pa3-
Mepa KJIETOK BO BpeMsl BETreTaTUBHOTO Pa3MHOXKEHUS
(mpaBuino MaknoHanbaa-Ildutuepa; PomuH, 1994;
Edlund, Stoermer, 1997). [1pu oTCyTCTBUHU MOJIOBOTO
BOCHPOM3BEICHUS BOCCTAHOBJICHUE pa3Mepa KJIIETOK
HE MPOMCXOAUT, U KJIOH nmorubaer. Ho KJTOH Takke
“ymper” (moTepsieT TeHEeTUYECKYI0 MACHTUYHOCTb)
MU3-3a PEKOMOWHALIMK MPU TTOJIOBOM BOCIIPOU3BEIC-
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Huu. CiaenoBaTelIbHO, reTepOTAJUIMYHbBIE BUABI, KaK
MmpaBnJIO, HEBO3MOXHO ITOAACP>KMBATH B Kady€CTBEC
KJIOHOB B T€YEHUE JJIUTEILHOTO BPEMEHHU, ITOCKOJIb-
Ky TIpU OTCYTCTBUU COBMECTUMBIX TUITOB CITAPVBAHUS
MOJIOBOE BOCIIPOM3BEACHUE HE IIPOUCXOOUT. Takmm
0o0pa3oM, yepe3 HECKOJIBKO MECSILIEB WU JIeT (B 3aBU-
CUMOCTU OT CKOPOCTU POCTa KYJIBTYPbl U YMEHBIIIE-
HUS pa3Mepa ocoOeii) KJIETKU JOCTUTHYT MUHUMAaJb-
HOTO XKMN3HECITOCOOHOTO pa3Mepa U, 3aTeM, TIOTMOHYT.
TexHomornu TmOAAEPKAHUS KYyJBTYp HEOOXOIUMO
pa3pabaThIBaTh IJIs1 KaXXIOrO BHIIAa, OCHOBHLIBASICh Ha
3HAHUU KITFOYEBBIX OCOOEHHOCTEIl ero KM3HEHHOTO
nukia (Chepurnov et al., 2004). CinemoBateabHO, UC-
CJea0BaHUA 2 KM3HEHHBIX IIUKJIOB ﬂMaTOMeﬁ, BKJTIO4Yast
IOJIOBOE BOCHPOU3BeACHUE, TPU KOTOPOM BOCCTa-
HaBJIMBAIOTCSI pa3Mephl KIIETOK, aKTyaJTbHBI U BaXKHbI.

Ku3HeHHBbIe IMKJIBI AUATOMOBEIX paHee OBLIN
onucaHbl MHOruMu aBTopamu (Drebes, 1977; Mann,
1993; PomuH, 1994; Davidovich, 2002; Chepurnov
et al., 2004; Amato et al., 2005; Trobajo et al., 2005;
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Fuchs et al., 2013). PazaugatoT HeCKOIbKO (a3 XKu3-
HEHHOTO 1LIMKJIa AVUAaTOMEN: NOPENPOAYKTUBHYIO —
BOCIIPOU3BEAECHUE KIIETOK TOJBLKO BEr€TaTUBHBLIM
CMOCOOOM C YMEHBIIIEHUEM HUX pasMepa; perpoayK-
TUBHYIO (ITOJIOBOE BOCITPOU3BEICHUE, POCT 3UTOTHI
(aykcocnopsl), IIpeodpa3zoBaHUe ayKCOCIIOPHI B MHU-
LIMAJIEHYIO KJIETKY); MOCTPENPOAYKTUBHYIO — BereTa-
TUBHBII pOCT MOCJIE MTPEeKpallieHUS IIOJIOBOTO BOCIIPO-
usBenenusi (Drebes, 1977; Pouun, 1994). JI. Taiitaep
(Geitler, 1932) Beiaenni KapauHaAbHbIE TOYKM BUOA —
MaKCHUMaJIbHbIC U MUHUMAJIBHBIE pa3Mephl KJIIETOK, CO-
OTBETCTBYIOLLME€ BEPXHEN Y HUKHEN rpaHMLIaM quaria-
30HA ayKCOCIopooOpa3oBaHus (IIOJOBOTO BOCITPOM3-
BEICHUST), MeS B BUIOY UX YCTOMYMBOE MOCTOSTHCTBO
MPU HE3HAYUTETbHBIX KOJIEOAHUSIX. DTUM KapIUHaIb-
HBIM TOYKaM, BEPOSITHO, COOTBETCTBYIOT MOPOTOBbBIC
YPOBHM META0OJIMYECKOM aKTUBHOCTU sipa, OO0YCIIOB-
JIMBAIOIINE TIpeIesl pa3MepoB KJIETOK BHUIA B Ipoliecce
ayKCOCITIOCPOOOpa30BaHMsI, TPAaHULIBI IHMAla30Ha MO-
JIOBO3pEJIOCTU U Mpenell yMeHbIeH s KiieTok (Geitler,
1932; PomyH, 1994). @akTnyecKu KapauHaIbHbIE TOU-
KA MOXHO COOTHECTH C KPUTHMUYECKUMU ITeproaamMu
OHTOT€HE3a, KOTOPhIEe XapaKTepU3yIOTCsl HanOOIbIICH
CKOPOCTBIO Pa3BUTHSI OpraHW3Ma, U B pe3yibTare Oe-
TePMUHALIUY OH BCTYIIAET B HOBBII IepHOI KN3HEHHO-
ro uukia (Fonmmuenkos, 1991). [Tostomy nHbopmalms
0 KapIVHAJIBHBIX TOYKAX MOXET ObITh BaKHA JJIs1 pas3-
paboOTKM METOAOB MOAAePXKaHUSI TUATOMOBBIX BOIO-
pocneii B KyJIbTypeE.

Crioco0 HaciaenoBaHUSI TeHETMYECKOM MH(popMa-
LMY — OHA W3 BaXKHBIX XapaKTePUCTUK XKU3HEHHOIO
mukina. HacnemoBanme mmroxoHmpmanbHoit JITHK m
MUTOXOHAPHUIL Y OONBIIMHCTBA MHOTOKJIETOYHBIX Op-
raHM3MOB, B TOM YHCJI€ 1 YeJIOBeKa, IMPOUCXOOUT I10
MaTepruHcKoit tuHum (Barr et al., 2005). ¥ nuaromo-
BBIX BOOOpOCJIel MOJOOHBIN CcITOoco0 yHUIIapeHTalb-
HOTO (OTHOPOOUTEBCKOIO) HACAETOBAaHUSI MUTOXOH-
JIpUiA MO JIMHUM OZHOTO M3 IIOJIOB OBbUI YCTaHOBJIEH
JIMIIIb HEAABHO 11 eMUHCTBEHHOTO BUna — Haslea ost-
rearia (Gaillon) Simonsen. 3HaHMe criocoba Hacieno-
BaHus1 JIHK opraHes oTKpbIBaeT BO3MOXKHOCTHU IJIsI
WCCIIeNOBaHUM B 00J1acTy (prutoreorpadpul 1 peKOH-
CTPYKIIMM pacceeHNs pa3aeIbHOIIONbBIX TMAaTOMOBBIX
(Gastineau et al., 2013).

Hwuatomes Nitzschia palea — mmpoxo pacapocTpa-
HEeHHasl BpUOMOHTHAsI BOIOPOCIIb, KOTOPast 0OLIYHO
obuTaeT B OEHTOCE MTPECHOBOAHBIX BOJOEMOB U BO-
JIOTOKOB, mouBax U Tnemiepax (Trobajo et al., 2009,
2010; Abdullin, 2009; Abdullin, Bagmet, 2015, 2016).
CrexTp JUIIUAOB Y IpeACTaBUTENIei 3TOr0 BUIA TTO3-
BOJIIET paccMaTpuBaTh Nitzschia palea Kak MHOTO-
o0eIaloii UCTOYHUK ChIPbsI IJisl IIPOU3BOJCTBA
ounonu3zenst (Abdel-Hamid et al., 2013; Hassan et al.,
2013). DTOT opraHu3M TakKe XapakKTepu3yeTcsl aHTH-
oaxkrepuanbHOii (Binea et al., 2009) u pyHrunumHoi
akTuBHOCTHIO (Abdullin et al., 2014), crtocoOeH K re-

TepoTpodHOMy IuTanuio (Abdullin, Bagmet, 2015).
Hecmotpst Ha 1o, uto Nitzschia palea ndydeHa mocra-
TOYHO IIOJTHO, MCYepnbIBaoias nHGOpMalLsI O ee
KM3HEHHOM LIVIKJIE, BKJIIOYasi CBEJIEHUSI O KapIau-
HaJIbHBIX TOYKaX, MO-TIPEeXKHEMY OTCYTCTBYyeT. B aToii
CTaThbe, OCHOBAaHHOI Ha HAIlIMX COOCTBEHHBIX MCCIIE-
JIOBAaHUSIX 1 JTAaHHBIX JIMTEPATYPhl, MBI JOMIOJIHSIEM M
000011acM NMEIOLIYIOCS MTH(MOPMAIIUIO O XKU3HECHHOM
[UKJIe BUOA, BKJIIOYasi JAaHHBIE 0 MOP(MOIOTUN, MOP-
domMeTprm, TepaTOJIOTUYECKNX CTPYKTYpax CTBOPOK,
KapaIWMHAJIbHBIX TOYKaX M CII0OCO0e HACIET0BaHMS MU-
TOXOHPUIA.

MATEPHAJIBI 1 METO/IbI

brutn uccienoBaHbl TpUHAALATH KIIOHOB Nitzs-
chia palea. I3 HUX eBITh ObUIUA BBIACJICHBLI U3 pa3-
JIMYHBIX MECTOOOUTAHUI B 3an1aiHOM yacTu Poccuii-
ckoit Penepanuu (puc. 1), yeTbipe HauboJIEe penpe-
3€HTAaTUBHBIX MOJEJIBHBIX KJIOHA — WX ITOTOMKH,
MOJIy4YeHHbIE B 1Ja0OPAaTOPUHU C UCITOJIb30BAHUEM I10-
JIOBOTO BocIipou3BeaeHus (Tadi. 1). Bce KIIOHBI ObI-
JIU TIOJIyYeHbl METOJIOM MUKpOMUMNeTUpoBaHUus (An-
dersen, 2005) u KyabTUBUpOBaduch B cpene DM
(Mann, Chepurnov, 2004) B 1IOMMHOCTaTe C MHTEH-
cuBHocThio cBeTa 2500—3000 nk (17.9—21.4 mxmonb
doronosB M2 c!) c mepuonom 16 : 8 4 (cBeT : TEeMHOTA)
1 Temriepatype ot 20 mo 22°C.

Kierkn msyyanu ¢ MCNOJIB30BaHUEM CBETOBOIA
(Muxkwmen-1, TIOMO, Poccus; Levenhuk 320, USA)
M CKaHUpPYIOLIEH BIEKTPOHHOM MHUKPOCKOIIUU
(CamScan S2, Oxford, United Kingdom). /I;1st Mopdo-
JIOTMYECKUX WCCENOBAaHUI CTBOPKU OUMILAIU TTyTEM
KUTSTYEHUST B TIEpEKHUCU BOAOPOIA, HECKOJbKO pa3
IIPOMBIBUIU AUCTUJUIMPOBAHHOM BOIOU U MOMEIIAIA
B cpeny OabsiieBa (Dibsies, 1957) ¢ mokazareiieM
npeaomiaeHus 1.67—1.68. 1yist ckaHupylonein anek-
TpoHHOIT MuUKpockormuu (COM) Ha OYMUIIEHHBIA U
BBICYIIIEHHBII MaTepuan HamnbUisii 20 HM crijiaBa
3oJiota ¢ nayutagueM (Au 95%, Pd 5%). IlonyyeHHbIe
MoppomMmeTpruueckre AaHHbIe 0OpadaThiBAIM C MC-
MOJIb30BAaHMEM ITporpaMMHOro makera Statistica 8.0
u Microsoft Office Excel 2007.

ITaper K10HOB B (ha3e SKCITOHESHIIMAITEHOTO POCTa
WHOKY/IMpoBanu B vaiiku [letpy u mHKyOMpoBaIu
npu 18°C mpu ecTecTBEHHOM OCBCIICHUM B Cpefe
DM. YTo6BI CTUMYIMPOBATh MOJTOBOE BOCIIPOU3BE-
JIeHUE, B MUHEPAJILHYIO Cpelly JOOABISIIM MOPCKYIO
coJib B KoHIleHTpauuu 2 mr/n (Drebes, 1977; Bagmet
et al., 2017). Ilocne Toro, Kak KJeTKM OOpa3oBain
MapHble TaMETaHTUU, KyJbTypbl IEPEHOCUIN B TU-
CTUJIIMPOBaHHYO Boay. OG03HaUeHMsI TUTIA CIapU-
BaHUsI ObLIIU CAEJIaHbI a posteriori HA OCHOBE Pe3YJib-
TaTOB BKCHEPUMEHTAJIbHBIX CKpEeIIMBAaHUN U CO-
rimacHo pekomeHmauusM B.A. YemypHoBa ¢ COaBT.
(Chepurnov et al., 2005).

OHTOTEHE3 Ne 2

TOM 51 2020



XKHWU3HEHHbBINM UUKI NITZSCHIA PALEA (KUTZING)

Vodokliranilishchey
1" o 7 e WA

Yaroslaylf ¢

‘Nizhniy,

Moscow

Voronezh

123

e
Mo U0 Ba i

Sy vl

* Chelyabinsk
6% KA Ghelyabinsk
\Bashkortostan s

¢
.

Puc. 1. TTporcxoxnaeHue 9 mpupomHbIX 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 ananuza JHK kynetypel N. palea otoupanu
BO BpeMsl 5KCHOHEHIIMAJIbHOM a3kl pocTa U KOH-
LHeHTpUpoBaiu LeHTpudyrupoaHuem. OOIas re-
HomHag JIHK 6n11a BeineneHa cornacHo L.C. Oxrty ¢
coaBT. (Echt et al., 1992) c HekoTopbiMU MonuduUKa-
nusimu K.B. Kucenesa c coaBt. (Kiselev et al., 2015).
T P-ammmpukanmio KogupyeMoil IUIacTuaon 00-
Jactu rbcL mpoBoauiiv corinacHo A. AMaTo ¢ COaBT.
(Amato et al., 2007) ¢ ucrnoJjib30BaHMEM MpaiiMepoB
rbcLI1F, rbcLI1R, yuacTka reHa coxl — ¢ UCIIOJIb30-
BanueM npaiimepoB GazF2 u KEdtmR (Evans et al.,
2007) B ammugukarope T100 Thermal Cycler (Bio-
Rad Laboratories, Inc., USA) ¢ Habopowm ITLP Ency-
clo Plus (EBporeH, MockBa, Poccust). IIpoaykTsl
TTLP oyuiiany peareHTOM IS OUYMCTKU MPOIYKTOB
ITI P ExoSAP-IT (Affymetrix Inc., USA) u cekBeHU-
poBax B 000MXx HamnpaBieHUsIX B LIeHTpe KOIeKTuB-
HOTO moJjib3oBaHus “BrorexHoI0orns u reHeTudecKast
nxenepusi” @HII BuopasHoodpasuss IBO PAH c
HCIIOJIb30BaHMEM TeHeTu4deckKoro aHanm3aropa ABI
3500 (Applied Biosystems, USA) ¢ HabopoMm IJIsI ce-
kBeHupoBaHus BigDye Terminator v. 3.1 (Applied
Biosystems, Maryland, USA) u Temu ke mmpaitMmepa-
MU, KOTophle ucnoyab3oBanuchk ajis ITIIP. ITocneno-
BaTEeJIbHOCTU OBLIM COOpaHBI C ITOMOIIBIO ITaKeTa
Staden v. 1.4 (Bonfield et al., 1995) u BbIpOBHEHBI
Bpy4HYIO B mporpamme SeaView (Galtier et al., 1996).
Bce BHOBB moTydeHHBIE TTOC/IEA0BATEILHOCTU ObLIN
nomenieHb B GenBank o peructpallmOHHBIMU HO-
mepamu MK887232—MKE887243 (taba. 1) u cpaBHe-
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HBI C IpyruMu KjioHamu Nitzschia palea, NOCTYITHbBI-
mu ¢ noMmoibsio norucka BLAST (https://blast.ncbi.
nlm.nih.gov/Blast.cgi).

PE3VJIBTATBI

CekBeHUpOBaHNE yJacTKa MHTOXOHIPUATHHOTO
reHa coxl y 12 u3 13 npoaHaIM3UPOBAHHBIX KJIOHOB
BBISIBUJIO HAJIMYKME ABYX TeHOTUITOB, OTIINYAIOIIXCS
Ipyr OT Ipyra, IO MeHbIIe Mepe, 73 3aMeHaMMU.
IlepBbiit reHOTUTT ¢ DparMeHTOM ydyacTka reHa coxl
JUTMHOM 695 1ap HyKJI€OTHI0B ObLI OGHApYKEH Yy Ce-
mu npupoaHbix kKioHoB (Pk10, Pk9, Sv30, Sv26,
Che70, ChH23, Br) u aByx ux notomkoB (PkB u
CheP) (ta6i. 1). Pesynbprarel moncka BLAST moka-
3aJIi CPOACTBO ITOr0 TeHOTHUMA K KioHaM Nitzschia
palea SriLanka2 (FN557063) u India (FN557056) ¢
UASHTUYHOCTBIO TIocienoBarenbHocTeil 92.03 wu
92.61% cootBeTcTBeHHO. BTOpOii reHoTun ¢ ¢par-
MEHTOM y4JacTKa reHa cox1 momuHoit 679 map HyKJeo-
TUIOB XapaKTepu30BaJl MPUPOIHbIN KiIoH Shtl8 u nBa
ero moroMka ShtS u SvSh (tabJ1. 1) 1 661 CXOIEH ¢ KJT0-
HoM Japan C (FN557054; Trobajo et al., 2009) u xJo-
HOM N. palea TCC570 (KC736651; Kermarrec et al.,
2013) ¢ MIEHTUYHOCTBIO MOoCcIeAoBaTeIbHOCTEM 94.99 1
94.83% cootBeTcTBeHHO. COIIACHO pe3ysibTaTaM Te-
HOTUTIMPOBAHUS cox1, pomuTeNn J1abopaTOPHBIX
KJIOHOB (Tab6:1. 1) IpencTaBiisijii pa3Hble TeHOTUIIHI,
HO Y MX ITOTOMKOB ObLI BBISIBJIEH TOJIBKO OMH T€HO-
TUI, YTO HNOATBepKaaeT HaomoaeHue P. 'actuHo ¢
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Tab6auua 1. [TpoucxoxaeHue u perucTpallMOHHbIM HOMep B 6a3e naHHbIX GenBank n3yuyeHHbIX KIIOHOB Nifzschia palea

No Knon MecroobuTaHue U pacroyioXKeHUe flata Perncrpaunonnpiii nomep
BBIIEJIEHUS B 0a3e manHbix GenBank
1. |Pk10 JIoHHBIC OTIOXEHMS 13 pyubsl HakmoHHEIN, TTelepa 27.09.2013 | MK&887232
T'eonoros-2, IlepMckmii Kpaii
2. | Pk9 JIoHHBIE OTJIOXKEHUST U3 pyubsi MapcHUaHCKUIA, Tielepa 04.10.2013 | MK887233
I'eonoros-2, Ilepmckuii Kpait
3. |Sv30 JIOHHBIE OTJIOXKEHMS U3 pyubs, Ieiepa CeBepHas, 17.07.2013 MKS887234
CaepajioBckasi 00J1acThb
4. |Sv26 Cocko0 co creHnl, nemiepa CeBepHasi, CBepmIoBCcKast 15.07.2013 | MK887235
ob1acTb
5. |Che70 | OtnoxeHHUs Bo3jie 03epa, Imemiepa AjeHymika, Yess- 05.07.2011 | MK887236
OMHCKas1 00JIaCTh
6. |ChH23 |Ipynr, mewepa Ilon Bucsunm kaMHeM, Pecniyoiamka 06.10.2012 MKS887237
bamkoprocraH
7. |Br JloHHbBIE OT/I0KeHMsI, PBIOMHCKOE BOIOXpaHWUIIMIIIE, 15.09.2014 | MKS887238
ApocnaBckast o6J1acTh
8. |Shtl8 JloHHBIE OTNIOXXEHUs, pydeit Xapana, Pecnyonuka bam-|  11.08.2014 | MK887239
KOpTOCTaH
9. |Ch3ch |I'pynrt, UrHateeBckas nemiepa, YenssouHckas o61acTb 15.09.2011 KJ729150
10. | ShtS IToromok kiioHOB Sht18 1 Sv26 27.09.2014 | MK887240
11. |[PkB IMToTromoxk kinoHoB Pk10 u Br 20.09.2014 | MK887241
12.  |SvSh IMotomox ki10oHOB Sv30 1 Sht18 27.09.2014 | MKS887242
13. | CheP IToromoxk xitonoB Che70 u Pk10 10.10.2014 | MK®887243

coaBT. (Gastineau et al., 2013) 06 yHUnapeHTaJIbHOM
nepegade mutoxoHapuanabHoit JIHK, otmMeueHHOE ¥
Haslea ostrearia. 1ns xiioHa Ch3ch ObLI CeKBEHUPO-
BaH YYaCTOK IlacTugHoro reHa rbclL. MdparmeHTt
IUHOM 365 mmap HYKIEOTHMAOB MOKas3al OIM3Koe
cponctBo K uzonsaty N. palea TCC 480 (KJ542465;
Rimet et al., 2014) u xi1oHy New Scot2 (HF675128;
Rovira et al., 2015) ¢ uAEHTUYHOCTHIO MTOCIIETOBATE b~
HocTeid 99.73 1 99.18% coorBercTBEHHO. MnmeHTnu-
HOCTB TtocjenoBaTeabHocTell cox1 u rbell Hammx oo-
pas3loB C MpeACTaBUTENISIMU APYTUX BUIOOB Nitzschia
ObU1a 3HayMTeIbHO HIKe (<84 um <98% cooTBeT-
CTBEHHO).

O6mast MopdoI0rusI KJIETOK M YIbTPacTpyKTypa
CTBOPOK KJIOHOB, MCCJIEIOBAaHHBIX KaK B CBETOBOM,
Tak U B CKAHUPYIOLIEH 2JIEKTPOHHOI MUKPOCKOIIUH,
COOTBETCTBYIOT OMNUCAHUSIM, TPUBECACHHBIM ISl
Nitzschia palea pasmuunbiMu aBropamMmu (Krammer,
Lange-Bertalot, 1988; Trobajo et al., 2009; Hofmann
et al., 2011). Pazamepsl CTBOPOK, INIOTHOCTU (uOyI 1

IITPUXOB HAITMX KJIOHOB ITPUBEICHEI B Ta01. 2. Cpe-
I U3BMEPEHHBIX CTBOPOK CPEMHSISI JIOTHOCTD (DrOYII
BapbupoBaia oT 10.53 go 12.76 B 10 MKM, a cpeaHssa
IUIOTHOCTH IITPUXOB — OT 31.57 no 33.84 B 10 MKM.
CpenHsad mMMpHUHa CTBOPOK M3MeHsIachk ot 3.03 mo
4.46 MkM. 3HaunTeIbHEE BCETO BapbMpoBaja Cpe-
Hsist ajimHa CTBOpoK (oT 10.48 mo 50.74 MxMm), 94TO OBI-
JIO CBSI3aHO C yMEHBIIIEHUEM pa3Mepa B TeUECHUE KU 3-
HEHHOTO IIMKJA. Y BCeX U3YYEHHBIX KJIOHOB U3 BCEX
rokasaTejieii CTaTUCTUYECKM 3HAUMMO pasjinyajach
(p £0.05) Tonpko mmHAa. [1py 3TOM Bce KIIOHBI ITOKa-
3aJId MMPOTPECCUBHOE YMEHBILICHNUE IJIMHBI KJIETOK C
TeUeHHEM BpeMEHHU. Y BCeX KJIOHOB CTBOPKU ObUIU
JIMHEMHO-JIAaHLIETHRIMU (Tabn. 2, puc. 2, 1-5) unm
JIAaHIETHBIMU (Tab1. 2, puc. 2, 6—12) ¢ KITIOBOBUIHBI-
mu (TabJ. 2, puc. 2, 1—5) Win OTTSIHYTO-KJIIOBOBU/I-
HeIMU (Taba. 2, puc. 2, 6—12) konumamu. Toabko
ctBopkM KiaoHa Ch3ch OBUIM IIMPOKO 3IUIMIITHYE-
CKUMMU (Tab. 2, puc. 2, 13), ¢ IMPOKO 3aKPyIIIeHHBIMU
KoHI1IamMu (Tadma. 2, puc. 2, 13). JInMHa CTBOPOK 3TOro
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Taomma 2. MopdoMeTprdecke M OMOJIOTUISCKIE XapaKTepUCTUKM 13 Ki1oHOB Nitzschia palea
Koon | JUtiHa, MK MupuHa, Ddubynbl/ Mrpuxu/ Croco6HOCTh
MKM 10 MKM 10 MxMm dopma K MIOJIOBOMY
®dopma KOHIIOB
CTBOPKU BOCIIPOM3-
min—max (X * s) BEIICHUIO
Pk10 16.94—24.05 2.67—3.64 9.86—12.39 29.95—-35.60 |JlaHueTHas OTTSHYTO-KJTIO- +
(21.07 £0.18) | (3.03 £0.03) | (10.98 £ 0.10) | (33.53 £0.19) BOBUIHBIE
(n=173) (n=173) (n=43) (n=47)
Pk9 26.85—-32.26 2.78—3.66 9.65—13.77 31.49—35.13 |JIuneitHo-naH- | KimtoBoBMIHbBIE +
(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 KimroBoBUIHBIE +
(20.97 £0.22)| (3.30 £0.02) | (11.53 £0.12) | (32.92+0.22)
(n=179) (n=179) (n=1359) (n=46)
Sv26 20.04—-27.08 2.96—3.62 10.47—15.03 30.49—35.08 |JlunHeiiHo-naH- | KirroBoBHOHBIE +
(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 | JIaHueTHas KittoBoBrIHbBIE +
(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 |JlanmeTrHasa KitroBoBrIHBIE +
(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 |JlanueTHasg OTTSHYTO-KITIO- +
(24.85 £0.05)| (3.21 £0.02) | (11.28 £ 0.11) | (32.78 £ 0.18) BOBUIHBIE
(n=177) (n=177) (n=68) (n=175)
Sht18 17.62—-27.74 2.88—3.69 9.80—13.94 30.13—34.65 |JIaHueTHas OTTAHYTO-KITIO- +
(23.28 £ 0.18) | (3.27 £0.02) | (11.45 £ 0.11) | (32.95 £ 0.18) BOBU/IHbIE
(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 |Ilupoko IIupoko —
(10.48 £0.07) | (4.46 £0.02) | (12.76 £ 0.18) | (33.02 £ 0.19) | snaUnTUYECKAS |3AKPYIJIEHHBIE
(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 |JIuneitHo-naH- | KimoBoBUaHbIE —
(50.74 £0.13) | (3.12£0.02) | (11.04 £ 0.07) | (32.02 £ 0.16) | ueTHas
(n=145) (n=45) (n=45) (n=145)
PkB 48.49—-53.45 3.03—-3.69 9.49—-12.84 31.51-35.35 |JluneiiHo-naH- | KiroBoBHIHBIE —
(50.61 £0.13) | (3.35£0.02) | (10.95%x0.15) | (32.94 £0.18) | ueTHas
(n=176) (n=176) (n=136) (n=136)
SvSh 40.92—46.0 2.87-3.70 9.70—11.46 31.14—34.60 |Jluneitno-nan- | KimoBoBraHbIe —
(44.28 £0.14)| (3.32£0.03) | (10.53 £0.08) | (32.68 £ 0.15) |ueTHas
(n=170) (n=170) (n=43) (n=43)
CheP | 36.24—42.55 2.84-3.70 10.16—13.01 30.22—33.76 |JluneitHo-naH- | KimoBoBraHbIE —
(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)

ITpumeuanue. X — cpeaHee, s — OIIMOKA CPEIHEr0, # — YUCJIO U3MEPEHUI.
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Taoauna 3. Pe3ynbTaThl 3KCIIEPUMEHTOB MO CKPEITUBAHUIO MEXIY MPUPOITHBIMU KiIIoHAMU Nitzschia palea

Sv30(a) | Sv26(a) | Pkl10(a) | Pk9(a) |Che70 (b)| Shtl8 (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
TMpumMeuanue. “+” — MOIOBOE BOCHPOU3BEACHHIE HAGTIONANOCH B CMELIAHHON KYJIbTYpe; “—” — MONOBOE BOCPOM3BEIEHHE OTCYT-

CTBOBAJIO B CMEIIAaHHOM KyJbType; “0” — M0JI0BOe BOCIIPOU3BEICHUE OTCYTCTBOBAJIO B MOHOKJIOHAJIbHO KyJIbType; “a” — ThUI cra-
puBaHus 1; “b” — TUN crrapuBaHus 2.

KJIOHA TakKe ObllIa HAMMEHBIIEH Cpeay BCEX UCCIEI0-  YMEHBIIEHUN IJIMHBI KJIETOK 10 9—10 mxM (puc. 3),
BaHHBIX (Ta0J. 2, puc. 2). Kpome Toro, y Ch3ch mosB-  xoTs npu 6oJjiee KpyITHBIX pa3Mepax OHU HEe OTMeda-
JISUIUCh TEpaTOJIOTUYECKHEe CTPYKTYphl CTBOPOK Mpu  Juch. Habmomanock odpazoBaHue BTOPOTo psiaa (pu-

13

4 5

' ‘ | ‘ (8)
|
! (6)

10 MKkM
J [

Puc. 2. Mopdonorust 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. Pazauuynbie dha3bl JKU3HEHHOTO IIMKJIA: a — TOPEIpPO-
IYKTUBHAas; 6 — PENPOAYKTUBHAS, B — IIOCTPENPOLYKTHBHASI.

OHTOI'EHE3 tom 51 Ne2 2020
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Puc. 3. TepaTonoruueckue cTpykTypbl CTBOpOK y KiioHa Ch3ch. a, 6 — o0O1uit BU1 CTBOpOK; B, I — 00pa3oBaHUe BTOPOTo psiaa
Gubyr; 1 — MyroobpasHoe pacroNIoXKeHNe IITPUXOB; € — TOTHAs PeIyKLIVsI HEKOTOPBIX apeo.

oyn (puc. 3B, 3r), myroo0Opa3HO€ pacIOJI0XKECHHIE
IITPUXOB (pHUC. 31), a TAKKe MOJIHASI pEAYKIINS HEKO-
TOpBIX apeoJi (puc. 3e).

Hu onyna n3 ki1oHOB N. palea He oOHapyXuBa Ka-
KUX-J1100 MPU3HAKOB MOJ0BOTO BOCIIPOU3BEACHNS B
MOHOKJIOHAJILHBIX KyJIbTypax. [IoaToMy MBI TpoBeIn
reTepoTaJINYeCcKOe TECTUPOBAHUE ITyTEM CMEIINBa-
HUS KJIOHOB MOTIApPHO, YTO B HEKOTOPBIX CJIydasiX Bbl-
3bIBaJIO MOJIOBOE BocIpou3BeaeHue (tadm. 3). Kiro-
HBI Sv30, Sv26 u Pk10 nmpuHagiexain K OTHOMY TUITY
cnapuBaHus (MoJa), KOTOPbIii Mbl 0003HaYaeMm “a”,
M 3TOT TUI ObLI COBMECTUM C MPOTUBOMOJIOXHBIM
TUIIOM cIlapuBaHus (1ojia) “b”, mpeacTaBieHHBIM
kinoHamu Che70, Sht18, Br u ChH23 (ta6a. 3). Ot-
CYTCTBUE PENPOAYKTUBHOU U3OJSLIMU MEXIY STUMU

OHTOTEHE3 Ne 2
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KJIOHAMU MOKET CBUIETEILCTBOBATh 00 MX MPUHAI-
JIEXXHOCTY K OMHOMY BUAY COTJIACHO OMOJIOTUIECKOM
KoHuenuuu Bunga. Kimon Pk9 (tun cnapuBanus “a’)
YCIIELIHO CIIApUBAaICs TOJBKO ¢ Br (“b”), ¢ mpyrumu
KJIOHAMM THUTIIa cilapuBaHUs “b” IT0JI0BOE BOCIIPOU3-
BeneHne He HaOmomanochk (Tadi. 3). Kimon Ch3ch He
TMoKa3aJl PU3HAKOB MOJIOBOI aKTUBHOCTH C OCTATb-
HBIMU KJIOHaMU. MBI TTojlaraeM, 4To 3TO CBSI3aHO C
TeM, YTO JJINHA €T0 CTBOPOK ObLIa HAMMEHbIIIEH cpe-
1 BCEX UCCJIeTOBAaHHBIX (Ta0. 2), M, BEpOsITHEE BCE-
ro, OH yXe ObLI BHE nuariazoHa cKpemuBaHusg. Hu
OVIH U3 KJIOHOB, TTOJTydeHHBIX B JabopaTtopuu (ShtS,
PkB, SvSh, CheP), He oOHapyXuBaJl KaKUX-JTHOO
MPU3HAKOB IMOJIOBOTO BOCIIPOU3BENECHUS, KaK C MIPU-
POITHBIMM KJIOHAMM, TaK W IPYT C APYTOM.
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OBCYXIEHUNE

Hekotopsie ¢da3bl XusHeHHoro umkia Nitzschia
palea yactuuHo ObUIM onucaHbl P. Tpobaxo ¢ coaBT.
(Trobajo et al., 2009), HIKe MbI TOIIOJIHSIEM U 0000-
111aéM BCE TU JaHHBIE.

brino obHapyxkeHO, 4To MOP(MOJIOTHUSI CTBOPOK,
WX JUTMHA W CIIOCOOHOCTH K TTOJIOBOMY BOCTIPOM3BE-
IeHWI0 Bcex 13 mcciemoBaHHBIX KIIOHOB Nitzschia
palea BapbpoOBaJIM B 3aBUCUMOCTH OT (pa3bl MX XKU3-
HEHHOTO LMKJa (puc. 2, Tad. 2).

JopenponykTuBHas ¢asa. Bce yeTbIpe HaImMX KJo-
Ha (ShtS, PkB, SvSh u CheP), nonyyeHHEIE B pe3yiib-
Tare JabopaTOPHOrO CKPEIIMBAHUS, HAXOAWIVCh Ha
9TOM (haze KU3HEHHOTO 1IUKJIA, TTOCKOJIbKY IJTMHA WX
CTBOPOK ObLla HAaMOOJBIIEH Cpeayr M3y4eHHBIX KITO-
HOB, I OHM BOCITPOM3BOOWJINCH TOJIBKO ITyTEM BEreTa-
THUBHOIO JejieHUsI KieToK (Tabm. 2). CTBOpKM 3THUX
KJIOHOB XapaKTepU30BaJIUCh CpeaHeit mmHoit ot 50.74
110 40.00 MKM M CTBOpKaMM JIMHEMHO-JIAaHLIETHO (hop-
MBI C KJIIOBOBHIHBIMU KOHLIAaMHM (TaGa. 2, puc. 2).
CxonmHble JaHHBIC OBITM MToJTydeHbI U P. Tpobaxo ¢ co-
aBrt. (Trobajo et al., 2009).

Penpoaykmusnas ¢asza. CornacHo P. Tpobaxo c co-
aBT. (Trobajo et al., 2009), 1Be KJIETKM IIPOTUBOIOIOX-
HOTO TUIIA CITAPUBAHMS COSINHSIOTCS COOKY 1 00pa3o-
BBIBAIOT IBE TaMeThl B KaXKIOM. 3aTeM raMeThl MUTPH-
PYIOT Uepe3 JBe KOPOTKIE KOITYJISIUOHHBIC TPYOKHN U
CJIMBAIOTCS C 00pa30BaHUEM JIBYX 3UTOT, KOTOPBIE U3-
HavaJIbHO 3JIIUIICOMIAIbHBIE WIM YIJIMHEHHBIE U JIe-
>KaT BHYTpU rameTaHrueB. IloBemeHne rameTaHTmymMa
¥ TAMET SIBJISIETCS, TT0-BUIMMOMY, OMMHAKOBBIM Y 000-
WX TUIIOB capyuBaHUS (WM IIPOTUBOIIOJIOKHOIO MO-
na). Kaxxnplii raMeTaHrnyM ITPOTUBOIIOJIOKHOIO THUIIA
CcnapuBaHUS B JIIOOOM IpyMIle CIIapUBaHMSI TTPOU3BO-
JIUT OAHY aKTUBHYIO TaMeTy U OAHY IAaCCUBHYIO FaMeTy
(TpaHC-TUII (PU3UOJIOTUYECKOI aHN30TraMHUH ), B OTIN-
YKe OT ITOJIOBOr0O pa3MHOXKEHMS B OIM3KOM poxe Pseu-
do-nitzschia, Toe TaMETaHTUM SIBIISTIOTCS MO0 MYXK-
CKUMH, JUOO XEHCKUMU (LIUC-TUN (PU3NOJIOTHYE-
ckoii anuzoramuu) (Chepurnov et al., 2005; Amato
et al., 2007). 3ateM 3UTOTHI paclIMpsIOTcs (B BUIC
ayKCOCIIOp) MapajuleJIbHO alTMKaJAbHBIM OCSIM rame-
TaHTUS 1 00Pa30BbIBAIOT MHULIMATIbHbBIE KJIETKU, T10-
aBJsieTcsl crnenylomee IokojieHne (Trobajo et al.,
2009). B HaiieM vcciienoBaHUM BECHOI, JIETOM U Oce-
HBIO ITapHBIe TaMeTaHTUX (DOPMUPOBAIMCH Ha 2-i1 IeHb
OT HayaJia 3KCIepMMEHTA, ayKCOCIIOphl — Ha 3-i1, UHU-
OUadbHBbIE KISTKM — Ha 5-1 meHb. 3MMOIi, OTHAKO,
MapHbIE TaMeTaHTUM (OPMUPOBAJIMCH HA 3-Ii IEeHb
OT Hayajla 3KCIIepUMEHTA 110 CIIapMBaHUIO, ayKCO-
CIIOPHI — Ha 4-if IeHb U MTHUIUAIbHBIC KJIIETKA — Ha
7-1 neHb. Bo3MOXXHO, 3TO OBLIO CBSI3aHO C YMEHBIIIe-
HUEM MHTEHCUBHOCTU OCBEIIIEHUSI 3MMOI. AHATIOTU4-
Hasl KapTHHa OblJIa OTMEUEHA Y HEKOTOPBIX IPYTUX BU-

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

DKCIEPUMEHTEHI ITO CKpEIIMBaHUIO ITOKA3aJIN, YTO
BoceMmb KioHOB (Pk10, Pk9, Sv30, Sv26, Che70,
ChH23, Br u Shtl8) Haxonuiuch Ha pPenpoOayKTUB-
Hoit (paze. CpemHsIsI AJIMHA CTBOPOK Ha 3TOM (ha3e Ba-
peupoBana ot 29.89 mo 15.15 mxm (tadi. 2), ¢oopma
CTBOPOK WM3MEHSUIaCh OT JIMHEMHO-JTAHLETHBIX K
JIAHLIETHBIM C KJIIOBOBUIHBIMM WJIN OTTSIHYTO-KJTIO-
BOBUJIHBIMU KOHIIaMU (puc. 2). B meaom 3To coot-
BETCTBYET JaHHBIM, MpuBeaeHHbIM P. Tpobaxo ¢ co-
aBT. (Trobajo et al., 2009). Ha sToii chaze coxpaHsieT-
CsI TUIIMYHAsT MOP(MOJIOTHSI CTBOPOK, HO CYIIIECTBYET
TEHIEHIINS K YMEHBIIICHHUIO MX IJIMHEI IIPA COXpaHe-
HUY IIAPUHBI U paCIINPEHUN KOHIIOB.

ITocTpenponykTuBHas ¢a3za. Ha 31oii haze xn3HeH-
HOTO IIUKJIa Haxoauscs ToibKo Ki1oH Ch3ch, mockonb-
Ky OH He OBIJT ClTOCOOEH K MOJIOBOMY Pa3MHOXEHUIO U
UMeJI 3HAYUTEILHO 00JIee KOPOTKUE CTBOPKU, UeM ObI-
JIO BBISIBJIEHO [JIJISI CTBOPOK Ha PENpPONYKTUBHOM (hasze
(cpenusist mmHa cocrtaBmstia 10.48 Mkm; Tabm. 2).
VYMeHbllIeHWe IJIMHBI CTBOPOK, HO HE WX IIUPUHBI,
TIPUBEJIO K UBMEHEHUIO NX BHEIITHETO BUIA U TTEPEXOIY
K IIUPOKO 3JUIMIITUYECKUM CTBOPKAM C IIMPOKO 3a-
KpYIJIeHHBIMU KoHIaMH. Ha 3Toii (haze mossBUIuCh Te-
pAaTONIOrMYECKUE CTPYKTYPhI CTBOPOK, KOTOPKIE paHee
He HaOJTI0JAIMCh HAMUY B TeYEHKE JKU3HEHHOTO LINKJIa
N. palea. OcCHOBHBIMU (haKTOpaMU, BbI3bIBAIOIIMMU
¢dopMUpOBaHUE TEPaATOJIOTUU, SIBJSIOTCSI 3arpsi3He-
HUE TSLKEJIBIMY MeTaJUIaMU U JJTUTEJIbHOE KYJIbTUBU -
poBaHUE, CBSI3aHHOE C MaJlbiM pa3sMEpOM KJIETOK
(nmunoit) (I'enkan, Enuzaposa, 1989; Estes, Dute,
1994; Falasco et al., 2009). B HaiieM ciyyae 3arpsi3He-
HUE TSLKEJTbIMU MeTaJIJTaMU MOKET ObITh UCKITIOUEHO, U
MBI MOKEM MPEIIOJI0XUTh, UTO K 00pa30BaHUIO Tepa-
TOJIOTUYECKUX CTPYKTYp Y KitoHa Ch3ch mpuseso mim-
TeJIbHOE ero KyabTuBrupoBaHue (¢ 2011 roga) u 3HaYM-
TeJIbHOE YMEHbIIEHNWE UIMHBI ero KiaeTok. KioH
Che70 takxe xyabTuBupyetcs ¢ 2011 roga, Ho cpel-
HsIsl JJIMHA €T0 KJIETOK ObLIa OoJiblile, YeM y KJIOHAa
Ch3ch. P. Tpobaxo ¢ coaBrt. (Trobajo et al., 2009)
TaKzKe COOOIITAIM O CXOIHOM MOP(OJIOTUN U pa3Mepax
CcTBOpOK (cpenHsss anuHa ot 13.44 mo 11.97 mxm) y
nByx kioHoB (Japan Al u Japan E), Ho kKakue-1160
aHOMAJIMM CTBOPOK Y 3TUX KJIOHOB He Ha0JIIOJa/INCh.

Kapaunanbhble Touku. Ha ocHoBaHMY TTpOBeIeH-
HBIX HAOMIOACHUN M JAHHBIX JUTEpaTypbl MOXKHO
chenaThb BbIBOM, 4To Nitzschia palea cnocoOHa K 110-
JIOBOMY BOCITPOM3BEICHNS TIPY CPEIHEH IITMHE CTBO-
pok B auarna3zoHe 29.89—15.15 mxkm. bbeuio orMeueHo,
yTto kJoH Pk9 ycnenHo cnapuBalicst TojbKo ¢ Br, HoO
He ¢ ApyruMu KjioHamu (Tadi. 3). Bo3aMoxHO, 4TO
CMOCOOHOCTh K TIOJIOBOMY BOCHPOU3BEACHUIO CHU-
JKaeTcsl K HUKHEl rpaHuIIe 3TOro nuarra3oHa. TakuM
00pa3oM, IIJIs 3TOTo BUAA TMaTOMEN BepXHSIS Kapav-
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HaJIbHasI TOYKa COCTaBjIsieT oKoyo 30 MKM, HMXKHAA
KapauHaJIbHasd TO4YKa — OKOJIO 15 MKM.

M3BecTHO, U4TO ¥ MMaTOMOBEIX BOIOPOCTIEH pa3Mep
KJIETOK, HaXOMSIIINXCS B BEpXHEN KapIUHAIBHOM TOU-
Ke, Ompelessitolleil repexon OT IOPEeNpOAyKTUBHOM
(asbl K penmpOAYKTUBHOM, COCTaBISIET MpUMepHO 50%
OT MaKCUMAaJIbHOTO BUAOCTECIU(PUIECKOro pasMepa
(Davidovich, 2000). B ciyudae ¢ Nitzschia palea 310 co-
OTHOIIIEHHE COCTABIISIIIO OKOJI0 47 %, 94TO MOATBEpXKaa-
€T paHee BBISIBJICHHYIO 3aKOHOMEPHOCTb.

SAKITIOYEHHME

Taxkum o6pa3oM, Ha OCHOBE HAIIIMX UCCIICAOBaHUIA
W JAHHBIX JIMTEpPaTypbl, OIMCAH >KU3HEHHBIA ITUKII
IIMPOKO PaCIIpOCTPAaHEHHOI 3BPUOMOHTHOI AMAaTO-
MoBoii Bomopocymu Nitzschia palea, BKIIIOYAIOIINA 10~
PEePONYKTUBHYIO, PEMPOMYKTUBHYIO M IIOCTPEIIPO-
IYKTUBHYIO (hpa3bl ¢ onrcaHueM MOpPQOIOTur 1 MOp-
doMeTpuM CTBOPOK Ha Kaxmoil ¢aze. Brepsble st
JIAaHHOTO BUJIA BBISIBJICHBI KApAWHAJIbHbIE TOUKU, CBSI3b
TEPATOJIOTUYECKUX CTPYKTYP CTBOPOK C ITIOCTPEIPO-
IYKTUBHOM (ha30ii pa3BUTHS, a TAKKEe YHUITAPESHTAJb-
HBII cIToco0 HacaenoBaHMs MUTOXOHApuit. [ToxydeH-
HbIEe JTaHHBIE BaXXHBI I M3y4YeHUs duioreorpadun
JIaHHOTO OpraHu3Ma, a Takxke obecrnedyaT pyHIAMEH-
TaJIbHYI0O OCHOBY TE€XHOJOTWU IJIUTEIBLHOTO MOIIep-
>KaHus Nitzschia palea B KynbType.

COBJIOAEHUE 5TUYECKHWX CTAHIAPTOB

Hacrosgmasg ctaTtbst HE COOEPKUT ONMMUCAHUS BBI-
MOJHEHHBIX aBTOpaMM HCCJIECIOBAHUM C y4acTUEM
JTIONEN MM MCTIOJIb30BAHMEM KMBOTHBIX B KQUeCTBE
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-
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edge of its biology is important. Although the species has been studied quite extensively, comprehensive in-
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 V. 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 I, uniparental transmission
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IMpencrapieH oHToreHe3 anuduUTHOTO JUiaitHuKa Lobaria pulmonaria. iccnenoBaHusi TpoOBeIeHBI B JieC-
HBIX puToneHo3ax Kapenuu ¢ naBHocTbhio HapyiieHus oT 80 no 450 net. Ha ocHOBe KOHIIENILIMU TUCKPET-
HOTO OMMCAHUsI PACTEHU I U TUIIIAHUKOB BbIZeIeHO 4 meproia U 14 BO3pacTHBIX COCTOSIHUIT B OHTOTEHE3e
L. pulmonaria. Kaxnoe oHTOreHeTUYECKOe COCTOsTHUEe L. pulmonaria XxapakTepusyeTcsl oIlpeneIeHHbBIMU
pa3MepaMu TajuioMa, HAJIMYMEM U CTETeHbIO Pa3BUTHS BEreTaTUBHBIX JMACIIOP Y TUIOAOBBIX TeJl Ha MO-
BEPXHOCTH ciioeBuIla. OnucaHbl BO3MOXHbBIE BApUAHTHI OHTOT€HE3a BUA.

Karoueswie crosa: oHTOTeHe3, TUIIAtHUKU, Lobaria pulmonaria
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BBEAEHUME

B coBpeMeHHOI1 TMXeHOJOIMY OTHUM U3 BaXKHBIX
HaIpaBJIeHU MCClIeOBaHUI SIBISIETCS U3yYeHUE OH-
TOTEHETUYECKOI CTpYKTYphl BunoB (MuxaiinoBa, Bo-
pobGeitunk, 1999; Cyeruna, 2001; Muxaiinosa, 2005;
Cyeruna, I'nmoroB 2010, 2015; Mruatenko, TapacoBa,
2017). BeloeneHue pa3sHOKA4eCTBEHHBIX BO3PACTHBIX
TAJZTOMOB CIIOCOOCTBYET JIy4llleMy TOHMMaHUIO 3aKO0-
HOMEPHOCTE OHTOTeHETUUECKOrO pa3BUTUSL U (op-
MUPOBaHUSI MOITYJISIHAOHHOM CTPYKTYphbl BUIOB JIM-
IIaifHUKOB B KOHKPETHbIA MOMEHT BPEMEHU, a TAKXKE
MO3BOJISIET MIPOTHO3UPOBATh UX Pa3BUTHUE B OyayIleM
(Muxaiinona, 2005; Cyeruna, I'moros 2010). JlaHHBIi
TOIX0I OCOOSHHO BaxKeH 1T POPMUPOBAHMS CTpaTe-
TMY OXpaHbl IPU U3YYEHUU PEAKUX M HAXOISIIUXCS
Ioj, yrpo30ii MCYEe3HOBEHUSI BUIOB JIMIIANHUKOB,
Hyxnatomuxcss B oxpaHe (Gauslaa, 1997; Scheideg-
ger, 1998; Tarasova et al., 2008; Cyetuna, I'10TOB,
2010; Muxpiokos, 2011; denvko, Tapacosa, 2016;
Hrnarenko, 2018; Uruarenko, Tapacosa, 2018).

KpynHbIiT s1tmUTHBII TUAaHOOMOHTHBIN JUIITAM-
HUK Jo0apusi jierouHasti (Lobaria pulmonaria (L.)
Hoffm., Lobariaceae, Ascomycotina), IIMPOKO pac-
MIPOCTpaHEHHBII B O0OpeaIbHBIX, YMEPEHHBIX, TOPHBIX
M oKeaHMYeckux paitoHax mwupa (Yoshimura, 1971,
1998), 3aneceH B KpacHyto kHury Poccuiickoii @ene-
pamuu (2008) co ctaTycoM ysI3BUMOTO BHIa C COKpa-
LIAIOIIEICs YMCIEHHOCTRIO (20). L. pulmonaria — 310
TPEXKOMITOHEHTHBIN JIMIIAaitHUK, 00pa30BaHHBII M-
KOOMOHTOM (aCKOMUIIETHBIM T'PUOOM), IEPBUIHBIM

($OTOOMOHTOM — 3YKapMOTUYECKOI 3eJI€eHOI BOIO-
pocabio Dictyochloropsis reticulata Tschermak-Woess
(Tschermak-Woess, 1995), 1 BTopraHbIM (pOTOOMOH-
TOM — a3zoTdukcupylomeit nuaHodbapkrepuein Nos-
toc sp. (Tschermak-Woess, 1988).

Cuuraetcsi, YTO TUIIANHUK L. pulmonaria KpaiiHe
YYyBCTBUTEJIEH K JIIOOOMY TUITY aHTPOIIOT€HHOTO BO3-
JIeiCTBUSI U B YMEPEHHOM KJIMMAaTe IMPUYpPOUYEH K CTa-
poBo3pacTHBIM JjecaM (Andersson, Appelqvist, 1987;
Rose, 1992; Gauslaa, 1994; Andersson et al., 2003;
Liira, Sepp, 2009). Kpome Toro, uMeroTcsl CBeICHUSI,
YTO 3TOT KPYITHBINA, XOPOILO U3BECTHLIN B IMTEPATY-
pe MUIIafHUK, aCCOUMUPOBAH C IPYTUMU PeIKUMU U
KUCYE3a0IIMMHU BUJIAMU OPTraHU3MOB, U €TI0 MOXHO
paccMaTpuBaTh B KadecTBe mnokasatenist (umbrella
species) X IPUCYTCTBUs B coobmectBe (Campbell,
Fredeen, 2004; Pykala, 2004; Radies, Coxson, 2004;
Ravera et al., 2006; Scheidegger, Werth, 2009; Na-
scimbene et al., 2010).

L. pulmonaria ssBnsieTcst OTHAM U3 CAMbIX U3y4EH-
HBIX BUIOB JIMIIIAMHUKOB: B MUPOBOM 0a3e TaHHBIX
JIMXeHojoruyeckoi nureparypol “Recent Literature
on Lichens” (Culberson et al., 2019) kirroueBbIe cJIOBa
C Ha3BaHMWEM JaHHOro Buaa coxaepxarcs B 313 cra-
ThsiIX. HecMOTpsl Ha 3TO, B OTHOLIEHUU HCCIeA0Ba-
HMSI €70 OHTOTeHE3a MMEETCSI €llIe JOCTaTOYHO MHOTO
BomnpocoB. Tak, M.H. Muxaiinosa (2005) Beiaenuia
OHTOT€HETUYECKN pPa3HOKAYECTBEHHBbIC Ta/UIOMbl U
paznenuiia uX Ha pa3Hbie (PYHKIIMOHAIbHO-BO3PacT-
HBI€ TPYMIIbI — OT CTEPUJIBHBIX 10 (DEPTUIBHBIX (CM.
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paznen Metonsl). B 3Ty paboTy He ObLIM BKIIIOUEHBI
TajmoMbl iuHoM <0.2 cM; BBI3bIBA€T COMHEHUE MO~
JIOXeHHe (pepTUIIbHOIM I'PyNIIbl B KOHIE (PYHKIINO-
HaJIbHO-BO3PACTHOro cHekrpa (Iocjie CEeHWJIbHOM
TPYMIIbl) U HE JIOTUYHO BKJIIOUEHUE B OJHY CTEPUJIb-
HYIO TPYIIIYy TaJUIOMOB pPa3HBIX OHTOTCHETUYECKMX
COCTOSTHUI.

Hpyrue aBropsl — B.B. I'opiikos 1 H.A. CemeHo-
Ba (2008) — Ha OCHOBE KOHIIECTIIINH AUCKPETHOTO OIIH -
canus JaumaiHukoB (Cyetruna, 2001), xKoTopas B
0OJIbIIIEI CTETIEHN COOTBETCTBYET KJIACCUYECKOI CXe-
Me oHTOoreHes3a pacteHuii (PaborHoB, 1950; YpaHoB,
1975), BBICTPOMJIM JIOTMYECKYIO MOCJIEI0BATEIbHOCTh
OHTOT€HETUYECKMX BO3PACTHBLIX COCTOSIHUIT BUIA, HO
HE paccMaTpUBaJIM TAJUIOMEI pa3dMepoM <0.5 cM 1 He
JlaJIv TIOAPOOHOI0 OMKUCAaHUS Pa3HbIX BO3PACTHBIX CO-
CTOSIHUM.

ITpoBeneHHBI aHAIU3 TTOKA3aJl, YTO B JIUTEPATYpE
B LIEJIOM OTCYTCTBYET ITOJTHOE OIMMCAaHUE OHTOTeHETH-
YeCKOTo pa3BUTHS BUna L. pulmonaria, He M3BeCTHBI
MopdomMeTprdecKre MmokKa3aTeiM TaUIOMOB Ha paH-
HUX 3Tarax oHToreHesa. OUeBUAHO, UTO UMEIOIIECs
B JIUTEpaType HaHHbIE TPeOyIOT 0000IIEeHUS, YHU(U-
KallMu, MPOBEIEHUS COOTBETCTBMII MEXIY BblIessie-
MbIMU Pa3HbIMU aBTOpaMU TPYMIT U COCTOSIHUI, U3Y-
YeHMST WX pa3MepHOl CTPYKTYphI, MOpdoreHesa u
5KOJIOTUYECKUX OCOOEHHOCTEIA.

MATEPUAJIBI U METOJbI

Hccnenosanue mnposoauiiock B 2014—2016 rr. B
JIeCHBIX coobmiecTBax Pecnyonmmku Kapenus: B mom-
30HE CpeIHel Taiirn — B 3armoBegHuke “KuBau”, Ha-
LHUOHAJIbHOM Mapke “Boajio3epckuii”, 3akKa3HUKE
“Kumxckuii”, IleTpo3aBoacKoM ropoaCKOM OKPYTe; B
MOJ30HE CEeBEPHOIT Talirk — B 3armoBegHNKe “KocTo-
MYKIICKUI”, HallMOHaJIbHOM Tapke “IlaaHasipBu”.

COop maHHBIX OCYIIECTBIISUICS HA CETU ITOCTOSIH-
HbIX poOHbIX Tuiowmaneii (ITIT) pasmepom 1 ra. Ha
kaxnoii I111 ObUIK BBIITOJIHEHBI TIOJIHBIE Te000TaHU-
yecKHMe oInmcaHus (PUToleHO30B (AHIpeeBa M Ap.,
2002), B xolIe KOTOPBIX OLIEHUMBaJIA COMKHYTOCTh
KpOH AepeBbeB (CKBO3UCTOMepoM MiaToBa) 1 OTHO-
CUTENbHYIO CYMMY ILUIOLIAACH TTONepeYHbIX CeYeHU
CTBOJIOB XKMBBIX JIEPEBbEB, CYXOCTOSI 1 Bajiexa (1oJi-
HOTOMepoM burrepanxa), mpou3BOOAWIN OIMCAHUS
Hamo4YBEHHOIo MOKpoBa. /1151 olileHKM JaBHOCTU Ha-
PYIIEHUS B COOOIIECTBAX UCITOIb30BAJICS METOM U3Y-
YeHMsI BO3PACTHOM CTPYKTYPhI LIEHOIIOITYJISILIWIT €11
(Picea spp.) (CraBposa u ap., 2016).

Bcero obuto onucano 33 II1, pacnoioKeHHBIX B
pa3IMYHbIX TUMAX Jieca C JABHOCTBIO HAPYIIIEHUS OT
80 mo 450 net. B moa3oHe cpemneii Taiiru Bce U3y4eH-
Hble (PUTOLIEHO3bI MPUHAIJIEXAT K eAMHOMY DKOJIO-
ro-IMHAMUYECKOMY DSy, IPEACTABISAIONIEMY COO0M
BOCCTaHOBUTEJIbHYIO IMHAMUKY €JIbHUKA YePHUYHO-
ro 3eJIeHOMOIIHOTO: 1) cpeHeBO3pacTHbIE OCUHHU-
KM 4YepHUYHO-3J71aKoBbie (80—110 jeT), 2) cMmemiaH-
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HbIE €JI0BO-OCUHOBBIE COOOIIECTBA 3JIaKOBO-UYEp-
HuyHble (150—190 ner); 3) eJbHUKUA YEpHUYHbIC
3eJICHOMOIITHBIE CyOKIMMakcoBble (210—260 Jet) u
4) ycioBHO KimMakcoBbie (410—450 net). CpenHeBo3-
pacTHble OCUHHUKHW B TIOI30HE CeBepHO# Taliru B pe-
3yJIbTaTe PEKOTHOCHIMPOBOYHBIX MapLIpyTOB (~110 KM)
He ObUIM 3apeructTprupoBaHbl. Ha naHHoO Tepputopuun
eJIOBbIE COODIIIECTBA, KaK IPaBUJIO, BO30OOHOBIISIIOTCS
yepes 6epesoBble Jeca. [ToaToMy rcciienoBaHust 31eCh
MPOBOJIMJIMCH TOJIBKO B IBYX TUIIaX JIECHbIX PUTOLIE-
HO30B: 1) CMeIIaHHBIX €JI0BO-0epe30BBIX COOOIIe-
CTBaX 3/1aKoBO-4YepHUYHBIX (180—200 n1eT) u 2) enbHU-
Kax YEpHUYHBIX 3€JICHOMOIIHbBIX CYOKJIMMAaKCOBBIX
(210—270 ner).

M3ydyeHue nokaszaresneit TayuioMoB L. pulmonaria
BBITTOJIHEHBI METOJOM CIUIOIIHOIO ydyeTa Ha BcCeX
cybcTpaTtax (BETBSIX U CTBOJIAX KUBBIX U MEPTBBIX JI€-
peBbeB) HA BbicoTe 0—2 M OT 3eMJIM C perucTpalueid
XapaKTepUCTUK MeCTOOOUTaHUS (TTapaMeTpoB Jiepe-
BbEB U MUKPOYCIOBUiA). [J1s1 KaXka0ro TajuioMa npu
IMMOMOIIM paMKHU 25 X 25 ¢cM OoTMevaJii OOILIYIO TII0-
1IaJb ¥ TUIOLIAAb HEKPO30B (CM?), a TAKXKe MPUHAJI-
JIEXKHOCTb K (DYHKIMOHAIBLHO-BO3PACTHOM TpYIIIe
no metoguke WM.H. MuxaiinoBoit (2005): cTepuiab-
HbIE (sf), 0€3 peNPOIYKTUBHBIX CTPYKTYP; TUIIOCOpE-
Ivo3HbIe (s1), ¢ MApTUHAIBHBIMU COPaJISIMU; ME30-
COpEeOUO3HbIC (52), C OOMIBHBIMY MaPTUHAJIBHBIMU 1
€IUHUYHBIMU JITAMUHAIBHBIMU COPAJISIMU; TUIIEPCO-
penuo3Hbie (s3), ¢ OOWIBHBIMU JIAMUHAJIBHBIMU CO-
panssmMu; pepTuiibHbIE (ferf), ¢ amoTeUusIMU; cyoce-
HUJIBHBIE (S/Sen), YACTUYHO pa3pyllIeHHbIe B LIEHTPe
C pereHepaTUBHBIMU CTPYKTYpaMU Ha CTaphIX JioTa-
CTSIX; CEHWIbHbBIE (Sen) — OTMHUpAlOIlMe JIOTacTu, C
pereHepaTUBHbBIMU CTPYKTYypamMu, oOpa30BaBIIMECS
B pe3yJibTaTe pacrana KpyImHOTO TajioMa.

Jlng u3ydeHus TaUIOMOB Ivomansio <1 cm? co

CTBOJIOB He MeHee 5 nepeBbeB ¢ Kaxknoit 111 otbupa-
JIMCh 00pa3Lbl KOPKU CTBOJIA IepeBa B MECTax IIPOU3-
pacTaHus KPYIHBIX TAJZIOMOB (Ha pacCTOSIHUM OT 2 A0
10 cM) U ¢ y4acTKOB, T¢ TAJJTOMbI HE BU3yaIM3UPOBa-
JMch (KaK MpaBWIO, Ha MPOTHUBOMIOJIOXHONM CTOPOHE
CTBOJIa, Ha y4acTKax KOpPKU 0e3 MXOB) (Ha OCHOBAaHUU
Paspemenus Ne 18 Ha moObIBaHE OOBEKTOB JKMBOTHO-
IO ¥ pacTUTEILHOIO MUpa, IPUHALICKAIIX K BUIAM,
3aHeceHHbIM B KpacHyio kHury P® ot 28.03.2016
Pocnpuponnanzopa). O6pasiibl cyocTpaTa n3ydaarch B
JIa0OPATOPHBIX YCJIOBUSIX IIPY IOMOIIM OMHOKYJISIpa
(Muxkpomen MC2), mpy 3TOM PErUCTPUPOBAIIU CIEAY-
I01IMe MPU3HAKU TaJJIOMOB BUAA (MIPU UX HAUTUYUM):
JUIMHA, IUpUHA (MM), HaJIM4Me PU3UH 1 IIepOXOBa-
TOCTEM, HaJIW4Me M YMCJIO BbIEMOK (IIT.), ¢hopma
(TLTOCKasi/HeTIoCcKasl, OKpYIJIasi), YMCJIO JIOIacTeid
(1IT.), OBET, HAJIET, IMYAThIC YIJIYOJISHMSI.

HauanbHble aTanbl oHTOreHe3a L. pulmonaria (na-
TEHTHBIM TIepHOJ, BO3PACTHBIE COCTOSHUSI IPOTO-
TAJUTIOC U TTPOTEPOTAITIOC MTPEreHepaTUBHOTO MepU-
oa) He ObUIM MCCAeAOBaHbI M UX OMUCAHUE JAHO C
y4eTOM JINTEPATYPHBIX TAHHBIX, OOLINX IJIsI UL~
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Tab6aua 1. O6beM aHAIM3UPYEeMOTro MaTepuaia

Tumn naHHbBIX KonuuectBo
Yucio npoOHBIX IJIOLIAACH, IIIT. 33
Yucio y9eTHBIX IepeBbeB U KYCTAPHUKOB, IIIT. 676
Yuco onucaHmii TAIOMOB uiowmansio > 1 em? L. pulmonaria, wr. 3709
Yucno onucaHuii TamioMos miomanbio <1 cm? L. pulmonaria, wir. 819
Yuco u riomanb o0pa3loB KOPKHU, OTOOPAHHBIX ¢ CyOCTPaTOB IS U3YUYEHUSI MUKPOTAI- 632/11967
JIOMOB, IIT./CM?2

HUKOB B HeiaoM (CyernHa, 2001, 2006; CemeHOBa,
2005; Cyetuna, I'notos, 2015). FOBeHuIbHOE 11 UM~
MaTypHbIC BO3pAaCTHBIE COCTOSIHHSI OIMCAaHbBI HA OC-
HOBE Pe3yJbTaTOB MCCIeNOBAHUS TaUIOMOB ILIOIIA-
npto <1 cM?. OnucaHus IOCIENYIOIINX OHTOTEHETH -
YEeCKUX COCTOSHUIAT — OT BUPTUHUJIBHOIO IO
CEHWJILHOT'O, YACTUYHO MJIM TTOJTHOCThIO, COBIAIAIOT
C UMEIOIINMMUCS CBEACHUSIMU B IuTeparype (Muxaii-
noBa, 2005; T'opmikoB, CemeHona, 2008). Tak, pyHK-
LIMOHAJIbHO-BO3pacTHBIM rpyrmnaM (Muxaitnosa, 2005)
COOTBETCTBYIOT (ITOJITHOCTBHIO WJIM YACTUYHO) CJICOYIO-
IIFi€ OHTOTEHETHYECKHNE COCTOSIHMSL: CTEPUIIbHBbIE —
BUPTMHWILHOE 1, TMIIOCOPEINO3HbIE — BUPTUHUIIb-
HOE 2a, ME30COpPeIUO3HbIE — BUPTUMHWILHOE 2b, TH-
MepCcopeIo3HbIe — BUPTUHWIBHOE 2¢, hepTUIbHBIC —
reHepaTUBHbIE; CYOCEHWIbHbIE — CYOCEHWIbHbBIE, Ce-
HWJIBbHBIEC — CEHUJIBHEIE.

PasmepHast cTpyKTypa OHTOT€HETUYECKMX COCTO-
SIHUI FOBEHUJIBHOE — CEHUJIBHOE U3Yy4ajlach Ha OCHO-
BE JIMHEMHBIX pa3MepoB (JUIMHA, IIMPUHA) U TUIOIIA-
JIN TAJUIOMOB.

Cratuctudeckasi 00paboTKa pe3yJIbTaTOB BLITIOIHE-
Ha HAa OCHOBE PEerpecCUOHHOIO aHaJIM3a C MCIOJIb30Ba-
HYIeM ypaBHEHUS TUHEWHON DyHKumm: y = aX + b (AH-
npeesa u 1p., 2002; MBantep, Kopocos, 2003). I1pu
HaJIMYMU B3aUMOCBSI3eii TMHUY Ha rpadrKax IIPOBO-
VIV B COOTBETCTBUM C ypaBHeHUEeM perpeccuu. [1pu
OTCYTCTBUM HOCTOBEPHBLIX M3MEHEHUI Ha rpaduke
M300paxaad TOPU3OHTAJbHYIO MPSIMYIO Ha YpOBHE
cpenHero 3HaueHUs. CpeH1e 3HAYEHUS XapaKTepu-
CTUK TaJUIOMOB L. pulmonaria cpaBHMBaIu IpPYyr C
JIPYroM, UCHOJb3ysI HeIlapaMeTPUICCKUI KPUTSPUIA
Manna—Yutau (UBanrtep, Kopocos, 2003).

AHanm3 BBITIOTHEH Ha OCHOBe omnmcaHmsg 4528
TAJUIOMOB, IIpou3pacTaioumx Ha 676 cyOGcTpaTHBIX
eIMHUIaX (OTOEIbHO CTOSIIVX MJIM JIeKalluX Aepe-
BBSIX M KycTapHUKax) (Tabma. 1).

PE3VYJIBTATBI 1 OBCYXIEHHUE

ITonHEbIi XM3HEHHBIN UMK L. pulmonaria, BK10-
YAKOIINIA pa3BUTHE OT CIIOPI A0 CIIOPhI, HAUMHAETCS
¢ MpopacTaHMsI aCKOCHOPHI I'puba, BKIIIOYACT IIPO-
LIECChI JIMXCHU3ALMU C BYKApUOTUUYECKOM 3eJIeHOit
Bonopocikio (Dictyochloropsis reticulata), nonuxeHN-
3alMM — ¢ IMaHoOakTepueit (Nostoc sp.), M 3aKaHIN -

BacTCA 06pa3OBaHI/ICM IJIOOOBBIX TEJI, IMpoLecCaMU
CTapC€HUA 1 OTMUPaHUA TalJioMa.

Kak mn3BecTHO, MOJIOBOrO pa3sMHOXKEHUS y BOOO-
pocJieii u LinaHoOaKTepuii B Tejle JUIIaiitHUKA He Ha-
OJIr0HaeTCS — OHO XapaKTEePHO TOJIBKO IJIsI TPUOHOTO
KoMnoHeHTa. CHophl MOJIOBOrO Pa3MHOXEHMS Y BU-
na L. pulmonaria popMuUpyroTcsl B IJIOAOBBIX Telax
OTKPBLITOrO THIIA (aIlOTEeHUsIX). AIIOTELIMM KpacHO-
KOPUYHEBOIO IIBETa OOpa3yloTCs Ha BepxHEH II0-
BEPXHOCTU BIIOJIb pebep M KpasiM TajljioMa, UMEIOT
pa3mep 2—4 mm B nuameTpe (Denison, 2003). B kax-
JIOM alOTeIMU COIEPXKATCs CYMKH CO CIIOpaMu, KO-
JIMYECTBO KOTOPBIX TMIPEBBIIIAET OECATKUA ThHICSIY
mTyK. ITo Mepe co3peBaHMs, CIIOPHI BEICHIITAIOTCS U3
CYMOK M, IOIXBaTbIBA€MbI€ BO3IYIIHBIMHA W BOTHBI-
MU MMOTOKAMU, SIBJISIIOTCS JISTKMMU areHTaMu JUJIsT pac-
MIPOCTPaHEHWsI M KOJIOHM3aIlMM HOBBIX CYOCTpaTOB.
OpmpHako Ha JTAHHOM 3Talle MOITYJISILIMY BUIA IIPOXOASAT
cBOeoOpa3Hoe “y3Koe ropJibiiko” (bottle neck), cBsi-
3aHHOE C HEOOXOIMMOCTbBIO IIPOPACTAIOIINX 13 CIIOPhI
i@ rprda BCTPETUTH B JAHHOM MECTOOOUTAHUHI HYK-
HYIO0 BOJOPOCJIb JUISI MOCJIEAYIOINIETO Tpoliecca Juxe-
Huzamuu (Walser et al., 2001). Bo3pacTHbIe cocTOSTHUS
MIPOTOTAJUTIOC (TIpopacTaHue Tubl U3 CIIOPHI) W IPO-
TepoTaJLIIOC (JIMXEHU3alMsI) B JaHHOM HCCJIeIOBaHUN
HaMM He HaOJIoNanCh, B BUAY MMKPOCKOIIMYECKIX
pa3MepoB, KPaTKOBPEMEHHOCTH ITPOTEKAHMS 1 TEXHM -
YECKUX TPYAHOCTEN B OIPENCIICHUU BUAOBOM IPUHAI-
nexHoctr. OMHAKO, UMEIOIINECS. B JIMTEpaType HaH-
Hele (CyetuHa, 2001, 2006; CemeHona, 2005; CyeTuHa,
I'moroB, 2015), 1 oOmias jorMka Xxoma OHTOTIeHe3a
MpeanoaaraloT UX HaJmdue, o KpaiHeil Mepe, B TeX
LICHOMIOIYJISILUSIX BUIA, B KOTOPHIX IPUCYTCTBYIOT Te-
HEepaTUBHbIC TAJJIOMBI.

ITonydyeHHBIe B HACTOSIIEN pabOTe JaHHBIE MO3-
BOJISIIOT BHECTH U3MEHEHUS B UMEIOIIYIOCS B JIUTEPa-
Type cxemy oHToreHe3a L. pulmonaria (I'opiikos,
Cemenona, 2008) (tabi. 2). Tak, B ImpereHepaTUBHOM
IepUOAEC MOXHO BBIIEIUTh 4 BO3PACTHBIX COCTOSTHMUSI:
IOBEHWIbHOE, UMMaTypHOe 1, UMMaTypHOe 2, UMMa-
TypHOE 3.

IOBenmsibHOE M UMMATYpHbIe cocTosiHusA. B xone
pa3BUTHS Ha HAYaJILHBIX CTAAUSIX OHTOTeHE3a TaJlIo-
MBI L. pulmonaria nnowanpio <1 cM? IpeTeprieBaoT
pSiI IOCJIENOBaTEIbHBLIX (KaYeCTBEHHO Pa3IMYHBIX)
MOP(MOIOTUUECKNX COCTOSTHUI (B CKOOKax yKa3aHO

OHTOI'EHE3 tom 51 Ne2 2020
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Tab6uauna 2. OHToreHeTuuyeckue cocrosinus Lobaria pulmonaria

OHTOreHeTuYecKue
Ilepuon IlpusHaku
COCTOSTHUS Y1 UX UHIEKCHI
JlaTeHTHBII Crnopa rpuba (sp) Cnopa yeThIpexKJieTOUHasi, BEpeTeHOBUIHAsI, OeCLIBeTHAsI
[MpoToramtoc (pr) O6pa3oBaHue 13 CITOp rud MULIEIUS
Tporeporanmioc (prf) Oo6BuBaHUE TM(haMH KJIETOK 3eJICHOI BOIOPOCINA U 00pa3oBaHUE
3a4aTKa CJIOeBHUIIA
IOBeHunbHBII TaIoM () | OKpYIUIbIiA, BRITYKJIbIM, KaIJIEeBUIHON (hOpMBI (HAKUITHOE CJIOCBUIIIE)
MmmatypHoe 1 (im1) JIucroBaToe cioeBuile, B hopMe IJIOCKOM MJIaCTUHKU OBAJIbHOM
dopMbI
HNmmarypHoe 2 (im2) Croesuilie nponoiaroBaToii GopMmel, ¢ 0—1 BEIeMKOIT
HNmmarypHoe 3 (im3) CuipHOpaccedeHHOe caoeBuUllle (2 1 > BBIEMKU ), MOSIBJISIIOTCS sSIMYa-
ThIe YIIyoieHus! (XapakTepHasl “JeroyHasi” cKJIaaJyaTocThb), U/WIN
[TpereHepaTUBHBbII MIepBBIE 3a4aTOYHBIE JIOTIACTH, (hOPMHUPOBAHIE LIeDATOIII
BuprunuisHoe 1 (v1) Tannom nuMmeeT xapakTepHYIO B3pociyio popMy, XOpolIo chopMupo-
BaHHBIC JIONTACTH C SIMYATBIMU YIIIYOJICHUSIMU U peOpaMU; CTEPUIIb-
HbIi, 6€3 PENPOIYKTUBHBIX CTPYKTYD
BuprununsHoe 2a (v2a) | CinoeBullie ¢ MApTUHAIBHBIMU COPAJISIMU, 1ie(aToanu CTAaHOBSATCS
3aMETHBIMU Ha BepXHell /W1 HUKHE TTOBEPXHOCTH CIIOEBUIIA
BuprunuisHoe 2b (v2b) | CinoeBuilie ¢ OOMIBHBIMA MapPTUHAJBHBIMU U €IMHUIHBIMY JIAMU -
HaJIbHBIMM COPAJISIMU
BuprununbsHoe 2¢ (v2¢) | CnoeBuilie ¢ OOMJIbHBIMU JJAMUHAJIbHBIMU COPAJISIMU, C XOPOIIIO
3aMETHBIMU LieaaoaussMu, GopMUPYIOTCS UUIUN
TeHepaTHBHbL T'enepaTuBHOE (g) KpymnHoe cioeBuilie ¢ armroTeusIMi, ¢ OOMJIbHBIMU JJaMUIHATbHBIMU
P copaJIsIMH, Ha CTapbIX y9acTKaxX TaJuIOMa UMEIOTCS U3UIUN
CyOceHmIbHOe (s5) YactunuHO pa3pylieHHOe CJIOeBUILE, HAa CTAPBIX y4acTKaX MUMEIOTCS
W3UINU U JIOOYIU (pereHepaTuBHbIE CTPYKTYPhI, HE CLIOCOOHBIE K
. pacapocTpaHEHUIO)
IMocTreHepaTUBHbBII
CeHwibHOE (5) Pacnian kpynHoro Tajuioma, Hajauuue 00JIbIIIOro KOJINYeCcTBa HEKPO-
TUYECKMX 0O0pa30BaHU, OTMHpAIOIIME JIOIACTH C pereHepaTUBHBIMU
CTPYKTYpaMH, He CITOCOOHBIMU K PACIIPOCTPAHEHUIO

YMCJIO UCCIIEIOBAaHHBIX TAJUIOMOB): 1) HAKUITHOE CJIoe-
BUIIIE OKPYIJION, BBITYKJION, KaruieBUTHONH (hOpMBI
(209 1t.), 2) MMCTOBaTOE CJIOEBUILIE B (hOPME IIOCKOIA
IUTACTMHKY OBaJIbHOI (DOpMBI (COOTHOIIIEHNME IJTMHBI K
mpuHe 3 : 2) (182 mit.), 3) IMcToBaToe CIOEBUILE MTPO-
JOJIroBaToit (hopMbl (COOTHOILLIEHWE JUIMHBI K IIIUPUHE
7 : 3), 6e3 BBIEMOK WJIM C ONHOI BbleMKoOi (214 11T.),
4) cuJIbHOpacCceYeHHOe CJIoeBuIle ¢ 2-Ms U OoJjiee
BbIEeMKaMM, C SIMYATBIMUA YIayoieHussMu (“JIerod-
HOM” CKJIamyaToOCThlO) U/WIU C MEePBBIMMU 3a4aTOU-
HBIMU JIONACTSIMU, ¢ (POPMUPYIOLIUMUCS Liedanoan-
samu (214 mT.). BeigBieHo, 4TO B IIOCIEI0BATEILHOM
MOP@OJIOTUUECKOM PSIIY COCTOSIHUM, TIPU TIepexoe
OT OKPYTJIOi1 (hOPMBI K pacCeUeHHOM, CpeIHsIsl JJTMHA
U LIIMpUHA TAUIOMOB L. pulmonaria yBeauuuBaeTcs
(puc. la, 106, taba. 3), pacTeT mjoliaab TaJlJIOMOB
(puc. 2a—2r, Tabn. 4). BaxkHo OTMETUTH, YTO OKPYT-
JIBIe TajoMbl He mpeBbimarT 0.15 ¢cM B IJIMHY U
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0.12 cm B mmpuHy, oBainbHBIE — <0.45 11 <0.24 cM, 11pO-
nosroBarbie — <0.82 u <0.71 cM U pacceyeHHbIE —
<1.04 1 £0.86 cM COOTBETCTBEHHO.

YcTaHOBIEHO, UTO CpeAr M3YYeHHBIX TIPU3HAKOB
IIEPBEIMU B XOJIe OHTOIeHe3a MOSIBIISIIOTCS IIIETUHKU
(onyuieHue), pu3NHBI (HA HIDKHEH CTOPOHE Tajllo-
Ma) U IIepPOXOBATOCTU (Ha BEpXHE CTOPOHE); O3/~
Hee (OpMUPYIOTCS BBIEMKU, W TOJBKO IOCJIE 3TOTO
00pa3yroTCs BhIpaXKEHHbIE SIMUAThIC YIITyOJIeHUS.

OCHOBBIBasICh Ha MOJYYEHHbBIX JaHHBIX U UMEIO-
IIUXCS B TUTEpaType CBEACHUSIX 00 OHTOTEeHE3€e pac-
TeHui u aumaiHukoB (PabdotHoB, 1950; YpaHos,
1975; Cyermna, 2001; I'opmkos, CemeHoBa, 2008;
Cyeruna, I'motos, 2010; Cyetuna, SIm6epnona, 2010
U [Ip.), BCE U3yYeHHbIC MUKPOCKOITNYECKIE TAIUIOMBI
MOXHO OTHECTM K ABYM BO3PAaCTHBIM COCTOSIHUSIM
MpereHepaTUBHOIO IepUoJa OHTOreHe3a: OKPYIJbie
BBIITYKJIbIE TAJUIOMBI — K IOBEHWJIBHOMY (j) COCTOSI-
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Puc. 1. Cpennue 3HaueHUS UTUHEI () ¥ IUPUHBI (0) TauioMoB Lobaria pulmonaria pa3abix Mopdoornaeckux Gopm B uccie-
noBaHHBIX puTonieHo3ax Kapenuu. [1prumeyanue: hopMbl TAJUIOMOB 0003HAYCHBI ClIeAYIOIMMY Iudpamu: 1 — okpyrias, 2 —
oBajibHasl, 3 — nmpojoJiroBarasi, 4 — paccedyeHHast. PAa3HbIMU JAaTHHCKUMU OYKBaMU OTMEUEHbI CTAaTUCTUYECKU 3HAYMbIE pa3-

JIMYUS MEXIy cpeqHUMU 3HadyeHusiMmu ripu p < 0.01.

HUIO, a ocTaJbHBIC 3 Mopdonorndeckue ¢as3bl, pas-
BUBAIOIIKECS TIOC/IeN0BaTEIbHO APYT 32 IPYTOM, — K
uMMaTtypHoMmy (iml, im2, im3 COOTBETCTBEHHO).

TanmoMmbl, HaXOOSAIIUECS B IOBEHIJILHOM COCTOSI-
HUU, HE UMEIOT MPU3HAKOB B3POCIOr0 OpPraHMU3Ma.
Haunnas ¢ mmmartypHoro 1 10 mMMaTypHOTO 3 CO-
crostHUil y L. pulmonaria opMupyeTcst IMCTOBaTOE
CITOEBUIIE, V TAJIOMOB YBEIWUMBAIOTCSI JTUHEIHEIE
pa3Mepsl U TUIomans (tada. 3, tadn. 4, puc. 2a—2r),
HAYMHAIOT HOSIBJISITHCS Y MTOCTEIICHHO Pa3BUBAIOTCS
XapaKTepHBIe BUAOBbIE 0COOEHHOCTU. BaxkHo oTMe-
TUTb, UTO B BO3PACTHOM COCTOSTHUM UMMATYpHOE 3 B
TeJe JUIIAHUKA HAaYMHAIOT (hopMUpOBaThes lieda-
JIOOVH, YTO CBUMIETENILCTBYET O 3aBePIIIEHUH ITpoliecca
JINXeHU3allMd W 00pa30oBaHUU TPEXKOMITOHEHTHOM
CUCTEMBI: Tprda, 3eJICHOI BOIOPOCIN U 1IIMaHOOAKTE-
pun. Tak, B padote C. Cornejo u C. Scheidegger (2013)
OoIMcaH Ipoliecc oopa3oBaHus Ledagoanii y MOJIO-
JIBIX TAJJIOMOB L. pulmonaria. ABTOpBI OTMEUAIOT, YTO
JaHHBIE CTPYKTYpbl Y MOJIOOBIX TaJJIOMOB MOTYT
OBITh KaK BHEITHUMU, TaK U1 BHYTPEHHUMM.

Kak mnoka3zanu IpoBeIeHHBIE WCCIIETOBAHNS,
I0BEHUJIbHBIE U UMMAaTypHbIE TAJUIOMBI L. pulmonaria
OOHApyKeHbI TOJILKO B T€X MECTOOOMTAHUSIX, TIe
pacTyT MaKpOTaJLZIOMBbI, TO €CTh B HEIIOCPEICTBEHHOM
OJIM30CTU K KPYITHBIM TajlJloMaM, KOTOPbIE, BEPOSIT-
HO, SBJISIOTCS MaTepUHCKUMU. C IIPOTUBOITOJIOX-
HOI1 CTOPOHEI CTBOJIa HE OBLIO OOHAPYXKE€HO HU OTHO-
ro TaJuoMa rromanpo <1 cMm?. BaxHO OTMETUTD, UTO
B JIECHBIX COOOIIECTBAX MOA30HKI CpeIHEN Talru Ha
crBojiax Populus tremula ¢ yBearuyeHUEM OOIIEi TIJTO-
Laay TaJUIoMoB Ha aepese ¢ 50 1o 750 cM? IUIOTHOCTD
IOBEHWIBHBIX 1 UMMATYPHEIX TAJUIOMOB ITOBBIIIIACT-
ca B 30 pas: ¢ 0.01 go 0.3 wr./cm? (puc. 3).

Buprunuabsibsie cocrosnusa. Kak u y pacTeHwmii,

dopMupoBaHUE TUITUYHON KM3HEHHOM (DOPMEI JI1-
IIAMHUKOB, COXpaHSOIIEHCS Ha MNOCAeAyIOLIUX

9Tarax OHTOreHe3a, IIPOMCXOIUT B BUPTUHUIBHOM
(v) onTtoreHeTuueckoMm cocrossHuu (CyetuHa, SAm-
oepnoBa, 2010). Tak, B BO3paCTHOM COCTOSITHUY BHP-
ruauibHoe 1 (v1) mipereHepaTUBHOTO IepuoOaa Tal-
JoMbl L. pulmonaria nMerOT XapakKTepHBI B3poOC-
JIBIA 00JIMK — XOpolllo cpopMUpPOBaHHBIE JIOMACTH,
siMyaTbhle YrIyoJieHus U pedpa, HO SIBISIOTCS CTe-
PUJBbHBIMU, 6€3 PEIMPOAYKTUBHBIX CTPYKTYpP. Bojb-
IIMHCTBO TAJUIOMOB 3TOro cocTostHUs (75%) numeror
mowanb <10 cm? (puc. 2x, Taba. 4). [1pu nanbHeii-
IIEM Pa3BUTUU JIUIIANHUKA B COCTOSTHUY BUPTHHIJIb-
Hoe 2a (v2a) 1UIOIIANb Ta/UIOMa YBEIUYUBACTCS: y
74% ona BapbupyeT ot 1.3 10 30 cM? U B CpeIHEM CO-
crasiset 14 cm? (puc. 2e). ITo kpasiM Jjonacteii mosis-
JISIIOTCS BereTaTUBHbIE AUACIIOPHI, KOTOPbIE 3aHUMa-
10T 10 10% mutoianu TajuioMa, pedpa cTaHOBITCS 0O-
Jiee BBIMYKJBIMM. Ha BepxHeill u/WinM HUXHeEN
MOBEPXHOCTHU TaJLIOMa CTAHOBSITCSI 3aMETHBIMU 11e-
danonuu, B BUJie KOPUYHEBBIX WX TEMHO-KOPUYHE-
BBIX BBIITYKJIOCTEH. B OHTOre HETM4eCKOM COCTOSIHUI
BUpPTUHIJIBbHOE 2b (V2b) 3HauMTebHAsI YacTb TaJlJIO-
MoB (71%) umeer momans ot 10 1o 70 cm? (puc. 2:x)
co cpenHUM 3HadeHueM ~30 cM?. Bosbiioe konmye-
CTBO BEreTaTUBHBIX Iponarys opMUpyeTCs o Kpa-
SM TaJUIOMa, MOSIBIISTIOTCS €OWHWYHBIE JIaMUAHAIb-
HBbIe copanu. o mIomany ¢ BereTaTUBHBIMU T1a-
CIIOpaMM OT OOIIIE IUIOIIAAN TAJUIOMA COCTABJISIET OT
10 no 30%. 3akaHunBaeTCs IpereHepaTUBHBIN TTepu-
Ol OHTOT€HETUYECKIM COCTOSTHMEM BUPTHHIJIbHOE 2C
(v2c). I1pu 5TOM MJI01IA/Ib TAJJIOMA B JTAHHOM COCTO-
SIHMY CWJIBHO BapbUpyeT oT 6.25 1o 3437 cm? (Tabur. 4,
pucC. 23) U B CPEHEM COCTaBIISIET 265.9 cMm?. Y 78% tai-
JIOMOB TIomans npesbiaeT 40 cvm?. Copany 06MIEHO
pacrpocTpaHeHbI IO KpasiM U peOpaM TajuioMa, ILIO-
IIaab UX MOBEPXHOCTU cocTaBiisieT >30%, Ha BepxHEil
W/WIA HIDKHEH ITOBEPXHOCTH TaJZTOMa XOPOIIO IIPO-
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Puc. 2. [liomanpk TayuiomoB Lobaria pulmonaria B pa3HbIX OHTOTEHETUYECKMX COCTOSTHUSIX.

CMaTpUBaIOTCsT IeaJIOINH, a Ha CTAPBIX YIaCTKAX Tajl-
JIOMa HaYMHAIOT (POPMUPOBATHCS U3HIUMN.

I'enepaTuBHoe cocrosnue. L. pulmonaria pa3MHO-
KaeTcs M PpaclpoCTpaHseTCs] MPEUMYIIECTBEHHO C
MOMOII[bIO BETeTaTUBHBIX TUACIIOP U TLUIOJOBBIEC Teja
nosieisiiorcst peako (Gauslaa, 2006; Edman et al.,
2008; Jiriado et al., 2011). CuuTtaercs, 4TO arloTeLUN

OHTOI'EHE3 Ttom 51 Ne 2

2020

(GOpMUDPYIOTCSI TOJIBKO B TE€HETUYECKU TeTEpOreH-
HbIX TTomyJsuusx (Zoller et al., 1999). B uzyyeHHbIX
JIECHBIX coobuiecTBax Kapenuu Toibko y 4% Taiio-
MOB OOHapyXXeHbI TJIoJ0oBble Teja. ['eHepaTuBHbBIE
(g) TaIOMBl MMEIOT OOCTAaTOYHO KPYMHBIE pa3Me-
pel. Tak, y ~60% TajuIOMOB IUTIOIIAIb COCTaBIISIET
>100 cm? (puc. 2u). BaKHO OTMETUTD, YTO arlOTELIUU
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Taomua 3. JInHeitHble pa3Mepbl TaIoMOB Lobaria pulmonaria, OTHOCSIIIIAXCST K pa3HBIM OHTOT€HETUIECKUM COCTOSTHUSIM

JlnuHa TajomMa HIupuna Tannoma

Hgﬁigzi;le ucno MUHUMAaJIbHbIE/ MUHUMaJbHbIE/

cocToguug | TUIOMOB |\ akcuManbHbIe 3H:E:§;:?CM CV!, % | makcumanbHbIe SH:‘I;:S;:?CM CV., %

3HAYEHUSI, CM 3HAYCHUs, 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
s 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

IIpumeuanue. 1 3nech u ganee CV — koadpuimeHT Baprainu.

GOpMUPYIOTCS Ha OOTraThIX COPAIIMHM TaJllIOMax, C
SIPKO BBhIpaxkeHHBIMU pedpamu. Ha crappix ygacTkax
TaJlJTIOMa UMEIOTCS N3UIUU.

CyOceHHIbHOE U CEHIIbHOE COCTOsAHMs. B mmocTre-
HEpaTUBHOM TEPUOC Y CYOCEHWIBHBIX (SS) TAJUIOMOB
L. pulmonaria HaamHaeT pa3pyIIaThbCs CIOEBUIIE, Ha

T /cm?
0.8 -
6L 7 =0.0005x — 0.081
: R?>=0.71**
0.4+
0.2+
[ ] 1 [ NI 1 1 ]
0 200 400 600 800 1000 1200

O611as nIoagb TAJJIOMOB Ha CTBOJIE, cm?

Puc. 3. [TnotHoCcTh MUKpOTaIOMOB Lobaria pulmonaria
MpY pa3HOM OOIIEei MIolaau TaJJIOMOB Ha cTBosax Pop-
ulus tremula B NeCHBIX COOOILECTBaX CpeIHETaeKHOM
rnmoA3oHbl. [IprMeuaHue: BepTUKATbHBIMUA JIMHUSIMU T10-
Ka3aHa OolIMOKa CpeHEro, RE— KO3 DULIMEHT AeTepMU-
Hauuu; ** — ypoBeHb 3HaUMMocTtH, p < 0.01.

CTapbIX, OTMUPAIOIINX YIaCTKAaX UMEIOTCS U3UINH, a
TakXXe Ha4MHAIOT (pOPMUPOBATHCSI pereHepaTuBHbBIC
CTPYKTYPHI, HE CIIOCOOHBIE K paCIIPpOCTPaHEHMIO (JI0-
6ynn). OmHako 1uiomanb y 50% TanioMoB, mpuHaI-
JIeXallInX K CyOCEHUJIBHOMY COCTOSTHUIO, COCTaBJISIET
>100 cm? (puc. 2k). B 1aHHOM OHTOreHEeTUYECKOM
COCTOSIHUU IUIOLIAAb ITOBEPXHOCTU TaJIOMa C Bere-
TaTUBHBIMHU MpoIaryiaMu cocrasiset >30%. 3aBep-
IIIa€T OHTOT'€HE3 CEeHWJIbHOE (§) COCTOSTHUE, ITPU KOTO-
poM Oosbllias 4acTh TajlyIoMa pa3pyllaeTcs, a Ha
OCTaBIIMXCS JIOIACTSIX UMEIOTCS KPYITHbIE HEKPOTH-
YeCKUEe yJ4acTKH, a TAKXKe pereHepaTUuBHbBIE CTPYKTY-
pBI, HE CIIOCOOHBIE K pacrpocTtpaHeHuIo. Ilmomans
HEKpPO30B OT OO0IIEH II0IIAaAN TAJUIOMAa COCTABIISIET B
cpeaHem ~20%. bounbinas yacte TauiomMoB (~60%)
3TOTrO COCTOSHMUA uMeeT iomans or 20 no 50 cm?
(puc. 21). ITpu 3TOM Ha OCTaBIIUXCS YACTSIX TaJZIOMa
IPHUCYTCTBYIOT BEreTaTUBHEIC MpPOMAaryibl (Copalu,
U3UIUKN), KOTOPbIE, MO-BUIAMMOMY, YCIEIIHO pac-
MPOCTPAHSIIOTCS 10 MOMEHTAa OTMUPAHUS TajioMa.

3AKJIIOYEHUE

Ha ocHoBe n3ydyeHHOIi BEIOOPKU TaJUIOMOB L. pul-
monaria, ¢ y4€TOM JIMTePATypPHBIX TaHHbIX (Muxaii-
noBa, 2005; I'opmkos, Cemenona, 2008), B oHTOre-
He3e BUaa OBIIO BhIIENIeHO 4 Tiepuona n 14 Bo3pact-
HBIX COCTOSTHUMA.

ITocie oO0BbenmHEeHUsT TPUOHOTO KOMIIOHEHTA C
BOJIOPOCJIBIO 3aUaTOK CJIOEBUIIIA O0OpPETaeT OKPYIIIYIO,
KarieBUIHYI0 ¢opMy (FOBEHUJIBHOE BO3PACTHOE CO-
CTOSIHUE); CO BpEMEHEM TaJUIOM CTAHOBUTCS JINCTO-
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Tab6auua 4. [liomans TauiomMa U 10JIsi HEKPOTUUYECKUX 00pa3oBaHuii B TayioMax Lobaria pulmonaria pa3HbIX OHTOTE-
HETUYECKUX COCTOSTHUIA

[Tnomans Taoma [Tnowanb HEKPO30B
" ?Z:OWK;I Yucno MUHUMAaJIbHbIE,/ MUHUMaJIbHbIE/
CZCTOZ‘;M: TAJIOMOB | mMakcuMaJIbHbIC cpedrice , | €V, % | MakcuMmajbHBbIE cperiee , |CV, %
S——— 3Ha4yeHue, CM E—— 3Ha4yeHue, 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 4.5+0.32 240
v2b 279 3.1-544 58.1 £3.97 114 0-50 5.6 +0.58 174
v2c 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 8.1+0.92 142
88 326 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

BaThIM, CUJILHOPACCEYEHHBIM, ITOSBIISICTCST SIMYaTast
OyrpucTocTh. B cocTossHUM mMMaTypHOe 3 Ha9MHaeT
MPOMCXOIUTh BHEAPEHHUE LIMaHOOAKTepUii B COCTaB
TajutoMa. TakuM 06pa3oM, B BO3PACTHOM COCTOSTHUU
BUPTMHWIbLHOE 1 TaJJTOMBI TIPUOOPETAOT B3POCIIbIi
00JIMK, OTHAKO BCE €llIe OCTAIOTCS CTePUIbHBIMU.

B xone vHAMBUIYyaIbHOTO pa3BUTHSI, B BO3PacCT-
HOM COCTOSIHUY BUPTMHWJIBHOE 2, TAJUIOM YBEINYM-
BaeTCs B pa3Mepe Ha €ro MOBEPXHOCTU O0pa3yloTCs
copaiu, pa3BMBalOIIMeCcsl CHavyaja 1o KpasM Jiomna-
CTeli, a BOOCJIEACTBUM M Ha MX BEPXHEU IOBEPXHO-
CTH, GOPMUPYIOTCS N3NINU, IIePaTOINN CTAHOBITCS
XOPOIIIO 3aMETHBIMU Ha BepXHEU U/WIN HUXKHEH Mmo-
BEpXHOCTH Tajuioma. BerertatuBHBIE OTMACIIOPHI CO-
JIepKaT B ceOe KIeTKM rprbda U 3eJIeHOM BOJOPOCIIH.
IMocne oTaeneHUs OT MAaTEPUHCKOTO TaJJIOMa Cope-
MW 3aKPEeIUISIIOTCST Ha CTBOJIE AepeBa rudamMu rpuda
1 00pa3yroT HOBBIHM TasmoM. OIHAKO OJIsI TOTO YTOOBI
BBIKUTbH, €My HEOOXOIMMO BKJIIOUYUTH B COCTaB CBOE-
ro tesa muaHobakTepuio (Werth et al., 2006).

Korma TajutoM mOCTUTaeT KPYIHBIX pa3MepOB, a
€ro MOBEPXHOCTh OOMJIbHO MOKPBLIBAIOT COPaIU, OH
CTAaHOBUTCSI TNOTEHILIMAJILHO TeHepaTUBHBIM. B pe-
3yJIbTaTe TMOJIOBOTO pa3MHOXKEHUs Ha TMOBEPXHOCTH
TaJJIoMa 00pa3yroTCs TUIOJOBBIE Tela — allOTELINH.

C TeuyeHMeM BpPEeMEHHU TaJlJIOM HauMHAeT paspy-
matbesi. I1py 3TOM Ha cTaphbIX JIOMACTSIX UMEIOTCS
U3UINU, KOTOPhIE MOTYT pa3pacTaThCsd B JIOOYIU
(pereHepaTUBHBIE CTPYKTYPHI HE CIIOCOOHBIE K pac-
npoctpaHeHuo) (Muxaitnosa, 2005). 3akaHuMBa-
eTCsl KWU3HEHHBI LMKI JHUIIaifHUKa pacnagoM
KPYITHOTO TaJlJIOMa U HAJIMYKUEM OOJIbIIOTO KOJINYE-
CTBa HEKPOTUYECKUX oOpa3zoBaHMii. BaxkHO oTMe-
TUTh, YTO HA IIOBEPXHOCTHU CTAPBIX CYOCEHUIIbHBIX U
CEHUJIBHBIX TaJJIOMOB IIPUCYTCTBYIOT B OOJIbIIOM
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KOJINYECTBEC BEIr€TaTUBHLIC ITpOIIaryjbl, YTO CBUIC-
TCJIbCTBYET O CIIOCOOHOCTU JTAHHOTO BUOA JIMIIAM-
HHKa K BEreraTuBHOMY PAa3MHOXEHHIO JO KOHIIa
KM3HU.

B pesynbraTe MeXaHUYECKOIO BO3IEHCTBUSI OT
TaJJIOMa MOTYT OTAEIUThCSI HE TOJBKO CIIeIIUaTN3U-
POBaHHBIC BEIr€TaTMBHBIC AUWACIIOPbI, HO M ILECJIbIC
¢dparmeHTsl. Takue yacT TajlJIoMa MPU MOIaJaHUU B
0J1arOIIPUSATHBIE YCJIOBUSI CIIOCOOHBI MMPUKPETTUTHCS
K cyOcTpaTy u oOpa3oBaTh HOBBIN TalsiIoM. B TakoM
cllydae HEOOXOAVMMOCTh B Mpoliecce JOMUXEHU3AIUN
OTIIaacT.

Takum o6pa3om, B XKM3HEHHOM Liukie L. pulmo-
naria eCTb HECKOJIbKO BapyMaHTOB 00pa30oBaHUsI HO-
BOT'O CJIOEBUINA: OT aCKOCIIOPhI, BEreTATUBHOM qUaC-
nopsl WM pparMeHTa TamioMa. [1pr 3ToM TaIOMHI,
oOpa3oBaBIIMeCs pa3HLIMU CIIOCOOaMM, MOTYT B
IpoLiecCe OHTOreHe3a MPOXOAUTh Yepe3 reHepaTUuB-
HOE COCTOSIHHE, @ MOTYT €T0 IIPOITYyCTUTh. DTO CBSI3a-
HO C T€M, 4TO IIOJIOBbIE Tejla (DOPMUPYIOTCS TOJbKO
B TEHETUYECKU TeTEPOTreHHBIX ITOIIY/ISLUSIX, T.€. IIPUA
HaJIMYMU TeTePOTAUIMYHBIX TaJlJIOMOB L. pulmonaria
(Zoller et al., 1999). YcraHoBIeHO, YTO Ha MpolEecc
dopMUpoOBaHUS amoOTEMEB OKa3bIBAIOT BIMSHUE
YCJIOBUSI MECTOOOMTaHMSI, MIPEXKIE BCErO — MaBHOCTb
HapylIeH1s COOOIIeCTBa, OT KOTOPOil 3aBUCUT HaJIA-
Yyie TMOAXOMSIINX YCIIOBUIA IJIsI pa3BUTHUS LIEHOIIOITY-
JISIIMA U IPOIOJIKUTENbHOCTh KosioHu3aimu (Mrua-
TeHko, Tapacona, 2018).

B xome nccienoBaHMii €TI0 O4EBUIHO, YTO KPYII-
HbI€ TaJUIOMbI BUA B MOOXOMSIIUX YCIOBUSIX CPEIbI
00J1amaloT BBICOKMM ITIOTEHIIMAJIOM K OOpa3oBaHUIO
HOBBIX >KM3HECITOCOOHBIX TAJIJIOMOB. HecMoTpst Ha To,
YTO OMPEIETNUTh, U3 KAKUX UMEHHO (TIOJIOBBIX WJIU BE-
reTaTUBHBIX) OMACIIOP O0pa3oBaIMCh Te WM HHBIE
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IOBEHIWIBHBIC 1 UMMATYPHBIE TAJIZIOMBI O¢3 TeHETHIe-
CKMX MCCIIeOBaHUI HEBO3MOXKHO, TTOJTyYeHHbIE aH-
HBIE TTO3BOJISIIOT TIPEIITOJIOXKHUTh, YTO OOJIBIIAs YaCTh
OITMCAaHHBIX IOBEHWIHHBIX 1 UMMAaTYPHBIX TAJUTOMOB
BO3HUKJIA BETeTAaTUBHBIM ITyTeM, ITOCKOJBKY bep-
THJIBHBIE TAJUIOMBI L. pulmonaria B U3y4eHHBIX CO00-
IIIECTBaX BCTPEYAIOTCSI JOCTATOUHO PEAKO.

IMpuBeneHHast B HacTosIIIEi paboTe cxeMa OHTOre-
He3a MMeEeT psil CYLIECTBEHHBIX OTIMYMI OT MMEIo-
IIMXCS B JIMTepaType AaHHbIX (MuxaitioBa, 2005;
I'opiikoB, CemeHoBa, 2008). Kak rmoxkaszany Halliv JaH-
HBIC, IOBEeHWIbHEIE TaJUIOMEL He TIpeBbIatoT 0.15 cM B
nmHy 1 0.12 cM B MpuHy, a umMaTtypHbie 1 — <0.45 u
<0.24 cM cooTBeTCTBeHHO. Mcxomst u3 IIPUHIIUIIOB
JUCKPETHOTO BbIAEJICHUSI BO3PACTHBIX (OHTOTCHETU -
YeCKUX) COCTOSTHUIM y muinaitHukoB (CyetnHa, 2006;
CyetuHa, ['moToB, 2015) K 10BeHWJILHOMY CJIeAyeT OT-
HOCUTH CJIOEBUILIA TOJBKO HAKWITHOM >KM3HEHHOM
¢dopMmebl, a He B BUe Jiortactu (demryiiku) (I'opimkos,
CemeHoBa, 2008), KoTophle, Ha Halll B3IJISIA, SIBJISI-
IOTCSI UMMAaTypHBIMUA. MOMEHT IOSBIIEHUS 1iealio-
JIMEB Ha TAJUIOMAaX — Ba>XXHEWIIMI MPpU3HAK, KOTOPbIi
JIO 9TOrO0 B JIUTEPATYpPe HE YUUTHIBAJICS.

C1iocoOHOCTh K 00pa3oBaHUIO BETETraTUBHBIX
IIpOIAaryJ SIBISETCSI OOHUM U3 IJIaBHBIX IIPU3HAKOB,
MOSIBJISIIOLIMXCSI B XOJIe OHTOreHe3a JIMIIaiftHuKa, 1,
KaK IMpaBWJIO, COXPaHSIOIIUIICSI B TeUyeHUE Bceil
Xku3Hu TaanoMa. OgHako B padote B.B. I'opiikoBa
u H.A. CemenoBoii (2008) Hanuuue copeaueB yudu-
TBIBAa€TCS TOJIBKO B BUPTMHMJILHOM 2a COCTOSTHUM.
B nHammx nccnenoBaHusax, Kak u B padore M1.H. Mu-
xaimoBoii (2005), mpu BbIIEICHUN BUPTUHUIBHBIX
coctosiHui (v1, v2a, v2b, v2c) KJI1oueBbIM IIpU3HA-
KOM SIBJISJIOCH OOMJIME M PACHOJIOXeHHe copajeii, a
TakKe TUIoIIaab TajioMa. MI3BeCTHO, YTO B OHTOTe-
HETUYECKOM DPsIAy OT BUPTMHUJIBHOTO 2a 10 BUPIHU-
HUWJIBHOTO 2C YBEIUYMBAETCS YMUCIIO U OOJIsl COpasieid,
BO3pacCTaloT JUHEHHBIC pa3Mephl TAJUIOMOB (Muxaii-
JoBa, 2005). ITokazaHo, 4YTO U3UAUY HOSIBIISTIIOTCS Ha
CTapbIX JIOMACTSX TAJNIOMOB, KOTOPbIE OOMIBHO TI0-
KPBITHL cOpaisiMU (BUPTMHWJIBbHOE 2¢). BaxkHo, 4TO
BEreTaTUBHBIC MPOMAryJibl MPOIOJIKAIOT CYIIECTBO-
BaTh Ha CTaPbIX, TOTUOAIONINX TAJUIOMAaX Y CITOCOOHEBI
K pacnpocTpaHeHuo. M3umum n 100ynu B pabote
B.B. T'opmikosa u H.A. CemeHoBoit (2008) mcnob-
3YIOTCSI KaK OTACJIbHBIC IPU3HAKU IS BBIOCICHUS
OHTOIeHEeTUYECKUX COCTOSIHUII BUPIrMHUJIbHOE 2b 1
BUPTUHIUILHOE 2C COOTBETCTBEHHO. B Hammx uccie-
JoBaHMSIX, Kak M B pabore M.H. MuxaitnoBoii
(2005), ycTaHOBJI€HO, YTO JIOOYIU (hOPMUPYIOTCS Ha
CTaphIX, OTMHUPAIOIINX JIOIIACTSIX HA TaJJTOMaX, KOTO-
pble OTHOCSITCSI K IOCTreHepaTUBHOMY Ttepuony. Ta-
KM 0O0pa3oM, MOJydeHHBbIE MaHHBIE CYIIECTBEHHO
JIOTIOTHSIIOT UMEIOIIYIOCS B IMTEPAType CXeMy OHTO-
reHesa quinaiinuka L. pulmonaria.
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Lobaria pulmonaria (L.) Hoffm. Lichen Ontogenesis
in Plant Communities of the Boreal Zone
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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. pulmonaria 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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CYTOYHAA ITNHAMMUMKA JINIINJTOB N ZKUPHbBIX KUCJIOT
N AKTUBHOCTHb ®EPMEHTOB SDHEPTETUYECKOI'O 1 YIJIEBOJIHOI'O
OBMEHA Y MOJIOAA JIEIITOKJIMHYCA ITATHUCTOI'O LEPTOCLINUS
MACULATUS (FRIES, 1838) PASHBIX CTAJIUN PA3BUTUS
B YCJIOBUAX IOJIAPHON HOYU
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BriepBbie MpoBeaeHO CpaBHUTEIbHOE UCCEAOBAHUE CYyTOUHONM TMHAMMKY JIUTMTUAHOTO U XKUPHOKUCIIOTHO-
ro TIpouJIsi, ypOBHSI SHEPreTUUYECKOro 0OMeHa y MOJIOOW TISITHUCTOrO Jenrtoknunyca 1.2, L3, L4, L4* LS
cTanuii pa3BUTHS, SIBJISTIONIMXCS 3BeHbsIMU T1esiarndeckoii (1.2, L3, 1.4) u 6entocHoii (L4, L4*, LS5) nuieBoit
uenu u3 3ayimBa KoHre-dropa B yciaoBusix rossipHoit Houn. CyTouHasi IMHAMUKA JIMTTMIHBIX KOMITOHEHTOB
1 aKTUBHOCTU (DEpMEHTOB aHA3POOHOT0 OOMEHA MOXKET pacCMaTpUBAThCS KaK OJWH M3 MEXaHU3MOB FeHETH -
YeCKU IeTEPMUHUPOBAHHOM OHTOT€HETUYECKOM 1 9KOJIOTUIECKH OPUEHTHUPOBAHHOM (heHOTUTTMYECKOI pa3-
HOKA4YeCTBEHHOCTH KM3HEHHOI CTpaTern BUIa, HAMpaBJIEHHON Ha MOIIEpXKaHWe ero CylleCTBOBAaHUS B
KOHKPETHBIX YCIIOBUSIX CPEbl M aalTalliio K HUM Ha pa3HbIX YPOBHSIX OpraHM3alluu XKUBOTO.

Karouesnie caoea: pI)IGLI, OHTOICHE3, OMOXUMUYECKUE agarnTalugy, CYTOYHbLIC PUTMBI, JIMIIWAbLI, 2KUPHBIC

KHMCJIOTBI, DHEPreTUYEeCKUi1 0OMeH, ApKTHKa
DOI: 10.31857/S047514502002007X

BBEAEHUWE

Pr1061 cemeiictBa CtuxeeBnix (Stichaeidae) 60b-
LIYIO YacCThb >KU3HU TPOBOMASAT HA HE MPUOPEXKHBIX
aKBaTOPUIi KOHTMHEHTAJIBHOTO 1Ieb{a MOPCKUX KO-
CHUCTEM, IIyOMHa UX OOUTaHUSI CWJILHO BapbUpYET, He-
KOTOpBIE 13 BUJIOB OOMTAIOT B 30HE MPWJIMBHO-OTINB-
HbIX TedeHni. Crnenrduyeckue yCIoBUsI OOUTAaHUST U
IIUPOKUI auarna3oH BapbUPOBAHMUSI 3KOJOTMYECKUX
(akTOpOB 151 pHIO 3TOrO ceMENCTBAa OMPEAESIOT BbI-
COKYIO CTeTleHb aIalTUBHOCTU U TJTACTUYHOCTU.

CrenyeT 3aMeTUTh, 4YTO WHMOPMALIUS O OMOJIOTUN
JaHHBIX BUIOB cemelicTBa CTHxeeBble HEMHOTIOUNC-
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
nenrroknunyc (Leptoclinus maculatus (Fries, 1838)) —
MOPCKOI JOHHBII BHUI, OTHOCSIIMICS K apKTUYe-
cko-6openpHOI (Jonros, bensuk, 2012; MyxuHa,
Honros, 2012) 30oreorpacduyeckoii rpymnmne. M3Bect-
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HO, YTO peIpOAyKTUBHAasl (PYHKIMS 1 ITOCIEAYIOIce
pa3BUTHE OpraHM3Ma 3TUX PBIO IIPOTEKAEeT B YCIIOBU-
SIX HU3KUX TeMIlepaTyp, UKPOMETaHUE JIEIITOKJINHY -
ca MpUXOIUTCS HAa 3UMHMIA CE30H MJIM 3MMHE-BECEH-
Huii (Murzina et al., 2012) 1 TeCHO CBSI3aHO C TeMIIe-
paTypoii cpembl, a TakKXe TpohHKOil, OCOOEHHO,
MIPUHMMAs BO BHUMaHME TOT (DaKT, YTO TMIYUMHKU SIB-
JIsIIoTCs Tnenarndeckumu (Axppusies, 1954; Ilek-
KoeBa u ap., 2014, 2017a, 20176, 2018). Momaoxap Jjer-
TOKJIMHYCA XapaKTepU3yeTCsl IIMTEIbHBIM Pa3BUTUEM
B Mejlarvajii U OTHOCUTEIbHO HEJaBHO YCTAHOBJICH -
HOIl MHOTOCTaAUMHOCTBIO) U B MPEIJIOKEHHOU CU-
creMe (Meyer Ottesen et al., 2011, 2014; ITexkoesa,
2018) craguu 006O0O3HAYalOTCSl JIATUHCKOU OYKBOW U
mudpoii: cranguu parxkupoBaHbl oT L1 go L5, u3 ko-
tophix L2, L3 oburatoT B menaruanu, L4, L4* — nme-
IOT IIEPEXOIHBII 00pa3 XXKM3HU OT IIejlaruaind K JT0H-
HOMy, a L5 — monHoe oburanme. Ctaguu pa3sBUTHS
MOJIOOU Pa3INYaIOTCs 110 MOP(hODU3NOIOTUIECKUM
XapaKTEepUCTUKAM, a TakKKe pasnesIsiioTCs IO MpU-



144 MYP3UHA u np.

JlnnHa tena, cM
o 1 2 3 4 5 6 7 8 9 10

Cranust pa3BUTUST

Puc. 1. Cranuu pa3BUTHS JETITOKIMHYCA IIITHUCTOTO (110
C.H. IlekkoeBoii, 2018).

HaUIEXXHOCTH K 3KOJIOTUYECKUM TpyIiiaMm (rejari-
yeckoi, “mepexomHoii”, moHHoit) (Meyer Ottesen
et al., 2011, 2014; ITekkoeBa u np., 2017a, 2018). B pa-
o6ore C.H. INekkoeBoit (IlekkoeBa, 2018) BriepBbIe
IpeACcTaBlIeHbl JAaHHbIC O JTUMUIHOM M KMPHOKUC-
JIOTHOM cocTaBe mojonu L. maculatus B mpoliecce
MOCTAMOPHOHATBLHOIO POCTa U Pa3BUTHUS B 3UMHMUIA
MEePUOI, TIPUBEICHBI CBEIEHUS 110 U3MEHEHUIO TN~
HbI U COCTOSIHUSI OCOOOT0 MPOBU30PHOr0 00pa3oBa-
HUS Tena — “JTUNUIHOro Memka” B IMpoliecce pa3BHr-
TUSI TUYUHKU. POpMUpOBaHUE JTUMHUIHOIO MEIIIKa C
HAYaJIOM 3K30T€HHOTO MUTAHUS Y TUMIMHOK paccMaT-
puBaeTcsl Kak npuMep (GU3HU0JIOro-0MoXUuMUIECKO
aJanTaluy K OOMTaHUIO PhIO B mejlaruaju, CIocoo-
CTByIOIIE MX ycmemHoMy pocty (Mypsuna, 2010;
Ilexkoesa, 2018). [TonydyeHHbIe paHee pe3ybTaThl O
3aKOHOMEPHOCTSIX pOCTa U CMEHE MUTAHUS 10 Mepe
paszBuTus Mosonm jaentokiauHyca (ITekkoesa u ap.,
2018; IlekkoeBa, 2018) cBUIETEIBCTBYIOT B IIOJIb3Y
TUIIOTE3bl 00 OCOOEHHOCTSAX (PYHKIIMOHUPOBAHUS
MOPCKOI 3KOCUCTEMBbI B YCJIOBUSIX TOJIIPHON HOYU.
HecMmoTtps Ha cienmdpudecknii poTonepruon 3MMoOi,
KOMITOHEHTBI 9KOCUCTEMbI aKTUBHO, COTJIACHO CE30-
HY, B3aUMOJEUCTBYIOT IPYr C IpyromM, GUTO- U 300-
TUIAHKTOH TMPOJO0JIKAIOT COCTAaBJISATh ONpeaeeHHYIO
JIOJTIO B CTPYKTYpeE MearndecKux coobIecTB, obecrie-
yMBas Nuilei nenarndeckux poio (Berge et al., 2015).
PaHee cuuTanock, 4To B MOJISIPHYIO HOYb BHICOKOIIIM -
POTHBIE 3KOCUCTEMbI XapaKTepU3YIOTCS OTCYTCTBHEM
BBIPAXKEHHBIX MUTPALMii, CyTOYHBIX WM €XeMeCsd-
HBIX, B YaCTHOCTH Y 300IU1aHKTOHA (p. Calanus, Tipe-
WMYIIECTBEHHO), KOTOPBIA paccMaTpUBaeTCs] OCHOB-
HbIM KOMITOHEHTOM MUILEBBIX lieneil ApKTUKu. Pe-
3yJbTaThl HEJABHUX HAy4YHbIX McciaenoBaHuii (Berge

etal., 2015; Last et al., 2016), 1eMOHCTPUPYIOT He-
OIPOBEPXUMbBIE TOKa3aTeJbCTBA amanTainuii, Mop-
donornueckux, MoBeaCHYSCKUX, KaK Ha YPOBHE T1O-
MyJISIUMY, TaK U Ha 3KocucTeMHOM. [TokazaHo, 4To,
BEPTUKaJIbHbIE MUTPALIMU 300TUIAHKTOHA U X UHTEH-
CHUBHOCTD SIBJISTIOTCSI KOMIIEHCATOPHOM peakiuneil He
TOJIbKO Ha COJIHEYHOE UBJTyYeHHUE JIETOM, HO U PETYJIN-
pyrotcs dazamu JIyHBI U ee MOJIOXKEHUEM Hald Topu-
30HTOM — “AYHHasA eepmuianvhas muepayus”/“lunar
vertical migration” (Last et al., 2016). BmussHue 1yHHO-
IO CBETA B MOJISIPHYIO HOYb HA CTPYKTYPY M (DYHKIIUO-
HUPOBaHNE MOPCKUX 3KOCUCTEM UMeEET TITyOOKO 3BO-
JIIOLIMOHHOE 3HAauye€HWEe, B pe3yJbTaTe 4Yero naxe B
3MMHEee BpeMsl OCYILIECTBIISIETCSI IIEpEeHOC yriepoaa 1
OCYIIECTBIISICTCS B3aUMOACIHCTBIE B CUCTEME “XMIII-
HUK-XO3SIMH” KaK BHYTPHU OTIEJIbHbIX BOIHBIX CJIOCB,
TaK U MEXIy HUMH.

B Hacroseii paboTte BriepBbIe MTPOBEIN CPABHU-
TeJIbHOE UCCIeOBAaHUE CYyTOUHOM AUHAMUKU JTUTH-
JIOB U >XXUPHBIX KUCJIOT, a TaKXKe aKTUBHOCTHU (ep-
MEHTOB SHEPreTUYEeCKOro U YIJIeBOAHOro oOMeHa
(LIMTOXPOM ¢ OKCUAA3bI, JaKTaTAeTaApOreHa3bl, alb-
JloJ1a3bl) y JIEMTOKJIMHYca nsitHuctoro (Leptoclinus
maculatus, Fries, 1838) mocTaMOprOHAJILHOIO TIEPU-
oma L2, L3, L4, L4* u L5 ctaguu pa3BuTHUs U3 aKBa-
topumn apx. llmunoepren (3anmmB KoHrc-¢ropm) B
TTOJISIPHYIO HOYb.

MATEPHAJIBI 1 METObI

Coop mpob TenarmyeckKoii MOJIOIM W HOHHBIX
oco0eii JIEeNTOKJINHYCA MATHUCTOTO MPOBOIMIMCH C
KCIIOJIb30BaHUEM TIeJIAaTMYECKOTO U IOHHOTO TPAJIOB
Ha 6optry HUC “Xenpmep XancceH” (R/V Helmer
Hanssen, the Arctic University of Norway, UiT) B siH-
Bape B akBaropuu 3aiauBa Konrc-dropn (78°57” ..
11°56” B.@.) B paMKax MeXIyHapOTHOro peiica Ma-
rine Night field campaign 2014. dxst nccaenoBaHUs
CYTOYHOU MMHAMUKU JIMITUIHOTO MIPOGIIIST MOJIOIN
B 3UMHMWI TIepro OBUTH MCCIeTOBAHBI MBIIIIITHI MO-
JIONU JenTokKiImHyca natHucroro L2, L3, L4, L4* n
L5 cragmuii pazButus (puc. 1), a Takke JUITAIHBIN
memok L3, L4, L4* cranuii pa3BuTus.

B nmoneBpIxX yclioBUSIX, Ha OOPTY CyIHA, KaK MOXK-
HO OBICTpee Iocjie pa3bopa yJioBa U COPTUPOBKU
cTaauit MOJIOAU HCCIIeyeMOM PhIOBI TPOBOAWIIN 13-
BJIEUEHNE JTUITUIHOIO MEIIKA U MBIIIL. B yciroBusx
JabopaTopuM MPOBOAUIMN (PUKCALMIO NPOO B XJIO-
podopmM : metanode (2 : 1, mo oo6bemy). /1o ripoBene-
HUSI 9KCTPAKILINK, UHINBUAYAJIbHbIE TIPOOLI TKAHEM
XpaHWINCh B cMecHu xJtopodopM : MetaHoin (2 : 1, mo
00beMy) B CTEKJISTHHBIX MNpPOOUpPKaxX HamJIeXallero
o0bema. OOIIMe TUIMMABI SKCTParupoBaInd 110 METO-
oy @omaa (Folch et al., 1957), 3aTreM KOHIIEHTPUPO-
BaJd C TIOMOIIbIO POTOPHO-BAKYYMHOM YCTaHOBKU
Hei-VAP Advantage HL/G3 (Heidolph, Germany).
OHTOTEHE3 Ne 2
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Pasznenenune k1accoB JIUIIMIOB IPOBOIIINA METO-
JIOM TOHKOCJIOIHOI XpoMaTorpadun Ha TuIaCTUHKaX
“Merck” (“Merck”, I'epmanus). Bce ananusupye-
Mble MPOObl HAHOCWJIM Ha IUIACTMHKY C IOMOIIBIO
mnpuia B oobeMe 15 Mkt (360 MKT Tuinaa), B IByX—
TpeX MNOBTOPHOCTSAX. PpakIIMOHUPOBAHUE OOIINX
JIMITUAOB TTPpO0 MPOBOJAMIN SIIOUPOBAHUEM B CHUCTE-
ME PacTBOPUTENIEH: MEeTPOJIECUHBIA 3UP—IAUITUIIO-
BbIi a¢pup—ykcycHas kuciaota (90 : 10 : 1 mo oobeMy)
B XpoMmaTorpaduyeckoil KamMepe IpH KOMHATHOM
temrieparype (L tans, 1965). 1151 KOTMYeCTBEHHOTO
omnpeneiaeHus obmmx dochomumuno (PJI), Tpua-
muranaepuHoB (TAI), adupoB xonecrepuHa co
ciieramu BockoB (DXC + B) ucronb3oBaau TuapoK-
caMaTHBIM METO, IIPUHIIMAIT KOTOPOTO 3aKJII0UAETCS
B 00pa3soBaHUM TEMHO-KOPUYHEBBIX KOMILIEKCOB
MEXIy MOHAMU TPEXBaJIEHTHOIO XeJie3a U TMapoKca-
MOBBIMU KUCJIOTAMU, KOTOPbIE 00pa3yIoTCs TIpU B3a-
UMOJEMCTBUM CIOXHOI(PUPHBIX CBSI3EH JUIUIOB C
rugpokcuiaamuHoMm (Walsh et al., 1965; Cumopos
u ap., 1972). Jlanee npoBoAWId U3MEPEHUE ONTHYE-
CKOM IUIOTHOCTHM KaXIOil IpoObl HA CcHeKTpodOoTO-
MeTpe CPD-2000 (OKB “Criexktp”, Poccust) mpu mim-
He BoaHBI 540 HM. KonmyecTBeHHOE oIpeneieHne
xonecteprHa (XC) mpooauinu 1mo metony D. DH-
reapoOpexta (Engelbrecht et al., 1974) ¢ ucnonbp3oBaHm-
€M TPUXJIOPYKCYCHOTIO XKeJIe3a, paCTBOPEHHOI'O B XJIOP-
HOoii Kmciore. WMHTEHCHMBHOCTHL 0Opa3oBaBIICHCS
OKpacku u3Mepsuii Ha criekrpogoromerpe CD-2000
(OKB “Crnextp”, Poccust) nipu ajimiHe BOJIHBI 550 HM.

Jna aHanmza XMpHOKUCIOTHoOro cocrtasa OJI
MMPOBOAMJIM METaHOJU3 XUPHBIX KuciaoT (XKK) o6-
mux aununaoB (Hopak, 1978). PazneneHue MeTuio-
BbIX a(prpoB KK mpoBoanyin Ha ra30BOoM XpOMaTo-
rpade “Kpucrann 5000.2” (BAO “XPOMATODK”,
Nomkap-Ona, Poccust) ¢ KamuIsipHBIMU KOJIOHKA-
mu Zebron ZB-FFAP (Phenomenex, USA), ncnoib-
3ys1 B Ka4yeCTBE BHYTPEHHETO CTaHIapTa OereHOBYIO
kucioty (22:0) (Sigma Aldrich, USA). O6paboTky
XpOMaTOrpaMM MPOBOAWIM C ITOMOIIBIO KOMITbIO-
TepHOI ITporpaMMhbl “XpomaTak AHaIMTHK” (3AO0
“XPOMATDK”, Moukap-Ona, Poccust). B kaue-
CTBe CTaHIapTOB MeTUJI0BBIX 31poB KK mcrnonn3o-
BaHbl HaOopbl Supelco 37 Component FAME Mix,
Bacterial acid methyl ester (BAME) mix, PUFA No. 1
(Supelco, USA).

dns  uccinenoBaHUsST aKTUBHOCTU  (DEPMEHTOB
SHEPreTUYECKOro 1 yrieBoJgHOro ooOMeHa MOJIOIU B
3MMHMUI1 TIepuoj ObUIM UCCASA0BAHbI MBIl MOJIO-
I JIenToKauHyca nssiTHuctoro L2, L3, L4, L4* u LS
cTamvii pa3BuTHs. TKaHb pBIOBI XpaHWINCh OO aHa-
mm3a npu Temmeparype —80°C. AKTMBHOCTh IIUTO-
xpoM ¢ okcumassel (11O, KD 1.9.3.1.) onpenensum 1mo
metony JI. Cmuta (Smith, 1995) usmepss yseaunue-
HHE KOJIMYeCTBa OKUCIEHHOTO ITUTOXpoma c¢. OBIITyIo
aKTUBHOCTH JakrtataeruaporeHassl (JIAI, 1.1.1.27)
OTIPENEIISUTA, U3MEPSIST KOJTMIECTBa BOCCTAHOBJICHHBIX
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HAI™ u HAJID" nio obernpuHsaToil Metonvke (Koue-
TOB, 1980). AkTBHOCTB ayIbaoMa3bl (KD 4.1.2.13) onpe-
neJista o Metoauke Beck B Momugukaiimm AHaHbeBa U
O6yxoBoit (Kon6, KambimHUKOB, 1976). AKTUBHOCTb
¢hepMEeHTOB BbIpaXkaiyi B MKMOJIb/MUH,/T TKAHU.

CTaTUCTUYECKUIT aHAIN3 MOIYyYeHHBIX pe3ysibTa-
TOB IPOU3BOAMJIM C TIOMOIIBIO KpuTepust Kpackena—
Yomnuca ¢ mociaenyoinmM CpaBHEHUEM BBIOOPOK C
HUCITONb30BaHNEeM Kputepusd ManHa—Yutuu. Paznn-
YMsI CYUTAIN TOCTOBEepHBIMHU I1pu p < 0.05.

HccnenoBaHusl BBIIIOJHEHBI Ha 0a3e jabopaTo-
pUM 3KOJOTMYECKOM OMOXUMUU C MCIIOJIb30BaHUEM
obopynoBaHus lleHTpa KOJUIEKTMBHOTO II0OJIb30Ba-
Hust DenepalbHOTO WMCCISAOBATEIBLCKOTO IIEHTpA
“Kapenbckuit HaygHEBI 1IeHTp Poccuiickoii akame-
MUM HayK”.

PE3VJIBTATDBI
Hunamura aunudose u JHcUpHbIX KUCAOM

MccnenoBana nuHaMuka aunuaoB U ux 2KK-kom-
MOHEHTOB Y pa3HOBO3pacTHOl mojonu Leptoclinus
maculatus, ooutaroieii B 3aymBe KoHrc-¢bopa B oTBeT
Ha CyTOYHBIA IUKI (“OHEBHOII” Tpal U “HOYHOM”
TpaJi) B TIOJISIPHYIO HOUb 3UMOI1 (STHBaphb) (Taodst. 1—4).

He ycraHoBIeHO M3MEHEHUI B COlepKaHUM JIU-
nuaoB 1 2KK B MBIIILaX ¥ JTUITMIHOM MEIIKe Hanbo-
Jiee amalTUPOBAHHOI K OOMTaHUIO B MeIarmdecKou
cpene moionu L3 cranuu pa3BUTHS B OTBET HA CyTOY-
HBII UKJI B NOJISIPHYIO HOYbL 3UMOM (TaGn. 1—4).
IIpu atom, misa nemarndeckoil mojoau L2 cramum u
nepexonHoit L4 ctaguu rmokaszaHo JOCTOBEPHOE CHU-
KE€HHEe MUHOPHOIO Kjlacca BSHEePreTUYECKUX JIUIIU-
0B DXC 1 BOCKOB, a TAKKE CTPYKTYPHBIX JIMITUIOB B
¢dopme XC (Tabi. 1) B HOYHBIE YaChl IO CPABHEHUIO C
TaKOBBIM B JHEBHBIE Yachkl cOopa mpoO. IlokazaHo,
4yTO B MbIlIIax mojionu L2, 1.3, L4* u LS cranuii pa3-
Butusl 2KK-coctas OJI B OTBeT Ha CYyTOUHBIN LMK
JIOCTOBEPHO He u3MeHsuicsd. OqHaKo, B MBIIIIIAX MO-
Jloon JIETITOKJIMHYca IIITHUCTOTrO L4 ctamum mpomnc-
XOIUT CHIKeHUe conepkanust DJI v cylecTBeHHOE
noBeiieHre TAI ot “gHeBHBIX” K “HOYHEBIM” 4acaM
B 3uMHwMii iepuon (7.8, 6.5 1 4.5u 8.0% cyxoit Macchl,
COOTBETCTBEHHO) (Tabia. 1), a TakKxKe CHUXXEHHE CO-
nepxanus ITHXKK (3a cuer He3aMeHMMOIT JOKO3areK-
caeHoBoi1, 22:6(n-3), 2KK). Conepxxanne MH2KK 3a
cuet 20:1(n-9) KK, umeronieit nuiieBoe Mpouc-
XOXIEeHUE, B MbIIILax Mogoau L4 cranuu pa3BUTUS
OBLIO BHIIIIE B HOYHOI BpeMsI IO CPAaBHEHUIO C TaKO-
BbIM B JHEBHOE BpeMs coopa 1mpob (38.86 u 13.96
rpotuB 46.52 u 17.11% cymmbl 2KK cOOTBETCTBEHHO)
(Tabm. 3).
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Ta6muua 1. Conepxanue mTunuaoB (% cyxoii MacChl) B MBIIILIAX MOJIOAY JIENTOKJIMHYCA NATHUCTOrO Leptoclinus macu-
latus (Fries, 1838), BbUJIOBJIEHHOIO B pa3HOE BpeMs CYTOK B akBaTopuu apX. llInuuoepren (3aiuB KoHrc-¢bopa) B 3UM-
HUii nepuoxn (STHBaph)

Cramia L2 L3 L4 L4* Ls
pa3BUTHS
Bpewmst 3amycka
JIeHb HOYb JIeHb HOYb JIeHb HOYb NIeHb HOYb JIeHb HOYb
Tpaia
Koi-Bo mpo6 15 15 20 20 15 15 6 6 8 9
O6uue vunuast (13.7 £0.6 [14.6 0.7 [149+0.9|13.0+0.5|16.0£0.7| 179+ 09 (244 +£0.8 | 21.3+ 1.3 {20.3+£3.4|22.3+£2.3
Dochomumuasr | 7.6 03| 82+04| 74+£05| 7.0+04| 7.8%+0.3| 6.5+0.4" 5.7£0.5| 6.4+0.4| 43+£03| 49£0.3
Tpuanunrouue- | 2.9+04 | 3.2+0.6| 2.6+03| 2.1 +£0.2| 45+0.6| 8.0+1.0" 144+ 1.1 |11.2+1.4|13.3+3.5|13.5+2.1
PUHBI
D¢upsl xonecre-| 1.5+£0.1| 0.9+0.1" 1.1 £0.2| 0.7+£0.5| 1.3£0.1| 1.2+01| 2.6*+0.3| 1.3+04" 09%+0.2| 1.5+£0.3"
puHa + BOocKa
XousectepuH 1.8+0.2| 23+0.1" 3.8+0.2| 32+03]| 24+0.3| 22+0.2| 1.7£0.2| 24%£0.2% 1.7£0.9| 25+0.3

TMpumeuanue. ~ ConepkaHue TOCTOBEPHO OTINYAETCS OT TAKOBOTO B MBIIIIIIAX Y PBIO, BBITOBIEHHBIX THeM (p < 0.05).

Ta6uauna 2. CopepxkaHue JUMUIHBIX KOMIIOHEHTOB (% cyxoii Macchl) B IUMUIHOM MEIIKE MOJIOAU JIETOKJIMHYCA ST~
Hucrtoro Leptoclinus maculatus (Fries, 1838), BbLIIOBJIGHHOTO B pa3HOE BpeMsl CyTOK B akBaTopuu apX. LlInun6epren (3a-
B KoHrc-¢ropa) B 3uMHMIA iepuon (STHBaph)

Cranum pa3BUTHS L3 L4 L4*
Bpewmst 3amycka Tpajia JeHb HOYb IIeHb HOYb IIeHb HOYb

Kom-Bo mpo6 6 15 3 4 5 2
OO01MEe JTUTTUIBI 909+150 | 75.0x5.6 84.1+£3.2 851+2.8 919 £ 1.1 934+ 1.1
Dochomnnums 0.8+0.5 1.4+£0.9 17.0 £ 8.7 10.2+£5.9 254+5.7 45.0%+0.2
TpuaunIrIMLepUHBI 81.5+ 1.9 67.7£15.1 | 49.7+£4.2 59.3£8.00 | 61.7£6.5 42.1+0.0
Ddupsl xonecteprHa + Bocka| 4.4+ 1.0 1.9+2.6 6.1 £1.3 43+1.7 0 0
XoJiecTepuH 43+04 41+0.4 11.2+1.9 11.4+£2.2 41+13 44+0.1

HpI/IMe‘-IaHI/Ie. ~ COZ[ep)KaHI/IC JOCTOBEPHO OTIMYACTCA OT TAKOBOI'O B JIMIIMAHOM MEIIKE JECNTOKINHYCA, BBIJIOBJICHHOIO IHEM

(» <0.05).

Axmuenocms ghepmenmos snepeemuuecko2o
U yenego0H020 0OMeHa

YcTaHOBIIEHBI pa3aIndrs B aKTUBHOCTU (pepMeH-
TOB Yy JENTOKJIMHYCA Pa3HbIX CTaAUil pa3BUTUS. AK-
tuBHOCTh 11O y monomu 1L.2—14 crammii pa3zBUTHUS
yMEHbIIIaeTcs, a Ha ctanusax L4*—L5 yBenuuuBaeTrcs.
IToxazaHo, 4TO BHE 3aBUCUMOCTH OT BPEMEHHM CYTOK
akTuBHOCTB JIAT' yBennuuBaeTcss 1 HauboJiee BbICO-
Kasl y MOJIOIM CTapIlIMX BO3PAaCTHHIX rpynm (puc. 2).

CpaBHUTEIILHBINM aHAIN3 aKTUBHOCTU (DEPMEHTOB
Yy NSITHUCTOTO JIETITOKJIWHYCA CTaauii pa3Butust 1.2,
L3, L4 B HOYHOE 1 THEBHOE BpeMs IOKa3hIBaeT, YTO
aKTUBHOCTb (b€ pMEHTOB yTJieBogHOro oomeHa JIJIT' u
aTbI0JIa3bI BRITIIE B HOUYHOE BpeMs Ha ctanuu L3 u L4
(puc. 2). Ha ctaguu L3 aktuBHOCTb L1O Tak ke Bblliie
B HOYHOE BpeMms (puc. 2).

OBCYXIEHMWNE

CrabMIbHOCTh MOKa3aTeslell TUIMMAHOIO cTaTyca
MBI ¥ TAIIMIHOTo Metika Moionu L3 craguu B oT-
BET Ha CyTOYHBIE (hIIyKTyalluy 3KOJIOTUYECKUX YCIIO-
BUii (OCOOEHHO Ka4ye€CTBEHHOI'O U KOJIMYECTBEHHOIO
COCTaBa KOPMOBBIX OOBEKTOB) YKa3hIBaeT Ha BBICO-
KYI0 YCTOMUMBOCTh JAHHOW MOJIOAM U €€ agarTUupo-
BAaHHOCTH K yCJIOBUSIM nejiaruanu. Hanbonbmnias qu-
HaMMKa JIMIIMIOB I0Ka3aHa 1jisi MoJjionu L. maculatus
L4 craguu pa3BuTHs, BeOylleli NepexoaHbIil oopa3
XKI3HM, KOTOpas CBsI3aHa, CKOpPEe BCEro, C YCUJICHM -
eM (OYHKIIMOHAJIbHOM HAarpy3Ky Ha MBIIIIEL (CHUKE-
Hue PJI), BBI3BAHHOI, BEPOSITHO, CYTOYHLIMU Bep-
TUKAJIbHBIMY MUTPALIMSIMUA MOJIOAY B OIIpeIeICHHOM
Irara3oHe TJIyOUH, CBSI3aHHOM C IIMTAaHUEM U IIOKC-
KOM KOPMOBBIX O0BbEKTOB B HOUHOE BpeMs (YBeIuIe-
Hue coaepxaHus TAT). B mmonb3y maHHOTO Mpearno-
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Taomuua 4. KupHokucIoTHBIN criekTp (% cymmbl 2KK) TUIIIHOTo Mellka MOJIOAU JIENTOKJIMHYCa MSITHUCTOTO Lepto-
clinus maculatus (Fries, 1838), BbIJIOBJIEHHOIO B pa3Hoe BpeMsI CyTOK B akBatopuu apx. LInunoepren (KoHrc-¢nopm) B
sumHmi nepuon. O6oznayeHust: HXKK — naceimennsle xxupHble KucinoTel, MHXKK — MoHOHeHacHIIIIeHHEBIEC XUPHBIC
kucnotel, ITHXKK — nmojmHeHachIIeHHbIE JKUPHbIE KMCIOThI

Cranuu pa3BUTHUS L4*
Bpewmst sanycka IIeHb HOYb IIeHb HOYb IeHb HOYb
Tpajia
KoJ-Bo mpo6 6 15 3 4 5 2
14:0 6.37 £0.29 5.8510.12 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 5.95+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) ITHKK 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*
Y (n-3) ITHXK 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. * Conepxanue nocroBepHo (p < 0.05) oTnmnyaeTcss OT TAKOBOTO B JIMITUIHOM MEIIKE Y PbIO, BBIIOBJIEHHBIX THEM.

JToxeHusa (00 yBeamdyeHuUM (yHKIMOHAIbHOW Ha-
IPY3KM MBI B HOYHOE BpeMs) YKaspIBaeT U
camxeHue ypoBHs [THXKK, 3a cuetr 22:6(n-3) XKK,
Bapualuy KOTOPOTO, B TOM YMCJIE, CBSI3aHbI C MO~
Jiep>KaHUeM MeTaboIMYeCKUX MPOLIECCOB IBUTATEb-
Hoii akTuBHOCTU. IIpu 3Tom ypoBeHb MHXKK, 3a
cueT 20:1(n-9), cuHTe3upyemoit de novo Konenoaa-
MM, Bo3pacTaa B MbIIIax Mojonu L4 cragnm mMeH-
HO B HOouHOe BpeMs (38.86 u 13.96 mpotus 46.52 u
17.11% cymmnr 2KK cootBeTcTBeHHO). M3BecTHO, UYTO
3HAYUTEJILHYIO TOJIIO B CIIEKTPE KOPMOBEIX OObEKTOB
y Monionu L4 craguu pa3BUTHSI COCTABIISIIOT KOTIETIO-
bl (ITekkoeBa u ap., 2017a). Kpome Toro, corjiacHo
TMOCJIEAHUM MCCIEIOBAaHUSIM OCOOEHHOCTEN (YyHK-
LIMOHMPOBAHUS apKTUUYECKOl OHMOTbI B YCIOBUSIX
criendmyeckoro (oTorieproaa, IMoKa3aHbl CyTOY-

HbIE BEPTUKAJIBbHBIE MUTPALIMN 300TUIAHKTOHA B OT-
BeT Ha WHTCHCUBHOCTH JIYHHOTO CBeTa, KOTOpHIE
MMEIOT KOHCEePBAaTUBHBIM XapaKTep W 3aTparuBaioT
(GYHKIIMOHAJILHBIE TIPOLIECCHI B MOPCKUX 9KOCUCTE-
MaxX BO BCEM apKTUYECKOM JOMeHe, c(hopMUpOBa-
JIUCh B XOA€ aJallTallud XXUBOTHBIX K OOMTAaHUIO B
YCIIOBUSIX crienmpuieckoro ¢gororneprona B ApKTH-
ke (Last et al., 2016). OGHapy>KeHO, UTO B MOJISIPHYIO
HOYb, B HOYHBIE YaChl 300IUIAHKTOH OITyCKaeTcs Ha
rayouny okoio 50 M, m30erast JIyHHOTO CBeTa, a B
THEBHBIC YaChl CHOBA ITOTHUMAETCsI, BO3BpAIIlaeTCs B
3ony srmrenaruanu (Last et al., 2016). Kpowme Toro,
HaMU TI0Ka3aHO, YTO B 3UMHee BpeMmsl B Iejaruye-
CKOM CJIO€ BOJIbI MOTYT HAXOJAUThCSI KOTIETIOAUTHI BeC-
JIOHOTHX PAavyKOB, KOTOpbIE HE YXOISAT B COCTOSTHHE
muanay3bl BBUAY HEIHOCTaTKa HYKHOTO KOJIMYECTBA
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Puc. 2. AktuHoctb pepmenTtoB LIO (a), JIAT (6), anbronassl (B) (MKMOJIb/MUH/T) B MBILILIAX MISITHUCTOTO JIENTOKJIMHYCA pa3-
HBIX CTAIVii pa3BUTHsl B IHEBHOE M HOYHOE BPEMSL. & — Pa3IMUMs JOCTOBEPHBI B CPABHEHMU CO CTaguel L2 B cOOTBETCTBUM C

BpeMeHeM cyTok (p < 0.05),

pasjanuusa 10CTOBECPHBLI B CPABHEHUMU CO cranueit L4 B cOOTBETCTBUH C BPEMCHEM CYTOK,

— pasin4yuda 10CTOBEPHLI B CPABHCHUU CO ctagueit L3 B COOTBETCTBUU C BPEMCHEM CYTOK, ¢

— pa3jinyus 10CTOBEPHLI B CPABHE-

HUMU co ctagueil L4*, * — pa3nnuusi IOCTOBEPHBI B CPABHEHUM CO 3HAUYCHUSIMU, TTOJTYYeHHBIMU B ITHEBHOE BpEMsI.

JIMIIAIOB B MX JIMIIMAHOM MeEIIKE, TaKKhe KOIIeITOIbI
MOTyT niponoykaTh mutartbesa (Hemosa u np., 2014).

OtcyrcTBUe paznmunii no cogepxkanuio 2KK B OJI
Mbi mojtoau L2, L3, L4* u LS craguii pa3BuTus B
OTBET Ha CYTOYHBIN 1IMKJI CBUIAETSIILCTBYET 00 amarn-
TUPOBAHHOCTA MOJOAU K XU3HENEATSIBbHOCTH Ha
OomnpeAe/ieHHON IiyOrHe, KOTOPYIO Ha COOTBETCTBY-
JOIIEM 3Tarle Pa3BUTHS HaCEIsIeT MOJIOIb JICITOKIIU -
Hyca. [Ipu 3TOM cyTOUYHass AMHAMUKA OTAEIbHBIX JIM -
TMMIHBIX K1accoB 1 KK oOIIMX JIUTINIOB MBIIIL] MO-
nogu L4 craguu yka3sIBaeT Ha MX IIEPEXOIHBIN 00pa3
KM3HU, KOTOPBII 00ecreunBaeTCsI BEICOKMM TEMITOM
Ne 2 2020

OHTOI'EHE3  Ttom 51

JIUNIMOHOTO MeTabonu3Ma. WMHaukatopaMu 3TOro
npoiiecca sgBisieTcs m3MeHeHne TAIT 1 HEKOTOPBIX
KK muIineBoro mpoMcxoxXaeHusl, KOTopble obecne-
YyMBalOT IoAAepXaHUe IUIaBaTeJbHOU (GYHKIUU
MBIIIII MOJIOJIM B TEUEHUE CYTOK, a TAKXKE CBUICTEIb-
CTBYIOT 00 MX aKTUBHOCTH, CBSI3aHHO, IT0-BUANMO-
MY, C BepTUKaJIbHBIMU MUTPALIUSIMU.

B nonp3y paznnunii iBUTaTeIbHONM aKTUBHOCTH Y
HWCCIEOIOBAaHHOM MOJIOAY JIENITOKJIMHYCA CBUACTEIIb-
CTBYET IMHAMMKA aKTUBHOCTU (DEPMEHTOB 3HEpIe-
TUYECKOro U yriaeBogHoro ooMeHa. Ha panHux cra-
nusix pa3Butus (L2) Monoau ypoBeHb a3p0OHOTO 00-
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MEHa, oTpenensieMoro no aktTuBHocTH 11O, BelIIe 1Mo
CpaBHEHMIO C TAKOBBIM y pbIO L3 m L4 cTammit pa3su-
TUS. YBEeIWYeHNE YPOBHS a3pOOHOTO OOMEHa y phIo
L5 craguu pa3BuTHsS MOKET OBITh CBSI3aHO C TIEPEX0-
JIOM Ha ipyrue o0beKThbl MUTAaHUS TPU MIEPEMELLIEHUN
B TOJIIIE BOOBI (C mejarvaju ko gHy). Ilpu atom npo-
JIEMOHCTPUPOBAHO, UTO BHE 3aBUCUMOCTU OT BpeMe-
HU CyTOK akTUBHOCTB JIIT" yBenuunBaeTcst 1 Haubo-
Jiee BBICOKASI Y pbIO CTapIIMX BO3PACTHBIX IPYIII. DTO
yKa3bIBaeT Ha TO, YTO YPOBEHb aHA’POOHOIro oOMeHa
¥ WCHOJIb30BaHMUE YIVICBOAOB B TJIMKOJIM3E YBEINYM-
BaeTCs y phIO C BO3pacTOM, YTO CBSI3HO C ITOBBIIIEH-
HBIMU NOTPEOHOCTSIMU B SHEPTUU IJIsI OCYIIECTBIIC-
HUSI aKTUBHOCTHU Yy OoJiee KpynHbIX pbi0o. CormacHo
pe3yabTaTaM HMCCIeIOBaHMIA, IPOBEACHHBIX HA aT-
JaHTudeckoit Tpecke (Couture et al., 1998; Koedijk
et al., 2010), mononu caiinel (Mathers et al., 1992),
naTHucToi 3ydaTtke (Imsland et al., 2006), pagyKHoiA
dopenu (Uyposa u ap., 2010) u manbkax jococs (Hy-
poBa u ap., 2015), aktuBHocTh JIJII' B MbIlIIIaX O€1bIX
pBIO IIOJIOXKUTEIBHO KOPPEIMPYET C MX MAaccoil U
JUIMHOM Teja, a TAKKe C TEMIIOM UX POCTa.

OTHOCUTENIBHO CYyTOYHOM AMHAMUKY aKTUBHOCTU
¢epMeHTOB OOHApPYXKEHO, YTO YPOBEHb aKTUBHOCTU
¢depMeHTOB yriaeBogHoro oomeHa JIJII' u anbaonassl
y pe10 L3 u L4 cranuii Beillle B HOYHOE BpeMsl, 4TO
YKa3bIBaeT Ha YBEJIMUYEHUE YPOBHSI aHa3pPOOHOTO 00-
MeHa B JaHHbII MEPUOJI CYTOK, CBSI3aHHOE C MUIlle-
BOIf akTUBHOCTHIO. Ha ctanuu L3 Bo3pactanue aHas-
poOHOTr0 OOMEHa B HOYHOE BpEeMSI CYTOK TPOUCXOIUT
Hapsiay ¢ a3poOHbIM. TakuM 0Opa3om, TMOBBIIIEHUE
YPOBHSI UCTIOJIb30BaHUSI YIJIEBOJIOB y OCO0El Ha cTa-
nuu L3 cBsizaHO ¢ UX pacXoaoM B IIpolieccax a3po0-
Horo 1 aHaspoOHoro cuHTe3a AT®. Crnenyet oTMe-
TUTb, YTO paznnuus mo akTuBHoctu JIJII" u anpnona-
3bl OoJiee BbIpakeHbl y ocobeit Ha ctanuu L4 (B 3 u
2 pa3a COOTBETCTBEHHO), UTO COIIACyeTCsl C TaHHbI-
MU JIMITUIHOTO aHAJIM3a U BbIAESIET 3Ty CTaIMIO Cpe-
M IPYTUX TI0 DHEPTreTUUYECKOMY CTaTyCy.

Panee 6b110 TOKa3aHO, YTO aKTUBHOCTb HEKOTOPBIX
epMEeHTOB pa3nmuJyaeTcsT y phl0 pa3HbIX 3KOJIOTIYE-
CKUX TPYIII TT0 MECTOOOUTAHUIO — TIeJIaTMIeCKUX, Ae-
MepCATBHBIX MU TJIyOOKOBOIHBIX, UTO CBS3BIBAIOT C
Pa3TMYMSIMA B JIOKOMOTOPHOI aKTUBHOCTH Y YPOBHEM
aspobHoro oomeHa (Sullivan, Somero, 1980; Somero,
Childress, 1990; Drazen, Seibel, 2007). bonee Toro
YCTaHOBJIEHO, YTO 00pa3 XXU3HMU OIpeaessieT CKO-
POCTb BHEPTeTUUECKOTO OOMEHa, ero Bo3pacTaHue B
psiy OT MEIJIEHHO TLIaBalolUX pbIO 10 meaaruye-
CKUX, CTallHbIX M aKTUBHBIX pbiO: Pleuronectes pla-
tessa — Gryptocephalus cynoglossus — Anarhichas lu-
pus — Gadus morhua. Tem caMbIM, BEICOKME SHEPIe-
TUYECKUE 3aTPaThl y aKTUBHBIX PBIO, 00YCIIOBJICHHBIC
SKOJIOTUYECKUMHU OCOOEHHOCTSIMU OOMTaHUs BUIA,
5KOJIOTUYECKIE OCOOCHHOCTH OOUTAHUS BUIA, CBSI3a-
HBI C BBICOKO# CKOPOCTBIO 9HEPTETUIECKOTO OOMe-
Ha (Bunbepr, 1976; Kapamyiiko, 2007).

TaknMm obpaszoM, ooHapyxkeHHas nuHamuka OJI n
WX JIMMMUAHBIX KJIACCOB B MBIIIIAX MOJIOAM JT€MOH-
CTPUPYET UX BaXKHYIO POJIb B Pa3BUTUU METa0OJIMYEC-
CKUX ajanTaluii, COOTBETCTBYIOLLIMX CTaIuU pa3BU-
THSI, @ TAKXKE KOCBEHHO CBUICTEIILCTBYET O T€HETHUUE-
CKOIl JIeTepMUHMPOBAHHOCTA MOJIOAM B OTBET Ha
CYTOUHBIN IIMKJI (HOYHOE U THEBHOE BpEMsl), COIpSI-
KEHHOM C OCOOEHHOCTSIMU (PYHKIIMOHUPOBAHUS OHO-
TBI M TPOPUUSCKUMHI B3aMMOICHCTBUSIMU Y MOJIOIU
JIEITOKJIMHYCA B YCIOBUSIX MOJISIPHOM HOYM 3MMOIA.
AnanTuBHbBIE U3MEHEHMWSI JIMITMAOB 3aTPAaruBaloT I1ejia-
TUYECKYIO cTaauio pa3BuTus L2, a K mepexomHoii cTa-
nuu L4 5Tu pa3nuyus yxKe 4eTKO BhIpaXKeHbI. Y CTaHOB-
JICHHBIE Pa3IN4us B aKTUBHOCTHU (hepMEHTOB HEpPIe-
TUYECKOTO OOMeHa B JHEBHOE U HOYHOE BpeMs
CBSI3aHBI C JUHAMMWKOM ITMIIEBOM aKTMBHOCTU. DTO
CBUIETEJILCTBYET O TOM, YTO, IOCTENEHHBIN ITepPeX0/I
C DHJIOTEHHOTO THUIIA IUTAHWS Ha DK30T€HHbLINA, U
cMeHa o0pasa XXK1M3HU MOJIOAU JIENITOKJIMHYCa COIIPO-
BOXXIAIOTCSI HAYAJIOM €€ aKTUBHOI'O B3aUMOJICICTBUSI
CO cpenoit o00uTaHusI, B YaCTHOCTH, C (DOPMUPOBAHM-
€M CYTOUYHBIX PUTMOB B OOMEHE BEIIeCTB, CBSI3aHHBIX
CO CBETOBBIM PEKMMOM, ITIMTAHUEM U IBUTaTEILHOM
aKTUBHOCTBIO. YcTaHoBieHO, yTo XKK-criekrp Ha-
MPSIMYIO OTpaXkaeT BO3PACTHBIE M CE30HHBIE OCOOCH-
HOCTH ITUTaHUS MOJIOAU JIETITOKIUHYCA IISITHUCTOTO.
CyToyHas AWHAMUKa JUIMUIHBIX KOMIIOHEHTOB M
pa3nuyus B aKTUBHOCTU (PEPMEHTOB aHA3pOOHOTO
oOMeHa MOTYT paccMaTpUBaThbCs KaK OJUH M3 MeXa-
HU3MOB I'eHeTUYECKU JeTePMUHUPOBAHHOI OHTOTE-
HETUYECKON M 3KOJIOTMYECKM OPUEHTUPOBAHHOM
(GEeHOTUITMYECKOM Pa3HOKAYECTBEHHOCTU >KU3HEH-
HOM cTpaTeruy BHAa, HAIIpaBJICHHOI Ha ITomaepxKa-
HUE €ro CYIIECTBOBAaHMS B KOHKPETHBIX YCIIOBMSIX
Cpeabl ¥ afarTaliio K HUM Ha pa3HbIX YPOBHSIX OpTra-
HU3alIK1 XUBOTO.

BJIIATOOJAPHOCTHU

Coop MaTepuasia B akBatopuu apxurenara Inuudep-
I'eH MPOBEACH MpPU COACHCTBUN APKTUYECKOTO YHUBEPCHU-
teta HopBerum (UiT, Tpomce, Hopserus), MexmyHapon-
HOTO YHUBEPCUTETCKOro ueHTpa apx. Llnuubdepren
(UNIS, Jlonruup, HopBerusi) u npu y4acTuu crieliiajiv-
CTOB B 00JIaCTH MXTUOJIOTUU U TUAPOOHUOIOTUUN — IIPO(d.
Hoprena Bepre, mpod. One Moprena JleHHe, KOTOPHIM
aBTOPBI BBIPAXKAIOT TITyOOYailIyto 0J1aroJapHOCTh 3a MO/ -
NePKKY U OpraHU3aInIo MTOJIEBBIX 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)
at Different Developmental Stages during Polar Night
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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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ITPABUJIA UIS1 ABTOPOB

Kypuan “OHTtoreHe3” IyOoJIMKyeT 3KCIEpUMEH-
TaJlbHbIE, TEOPETUYECKUE U OO30pHBIC CTaTbU, IIO-
CBSILIEHHbIE KCCJIEIOBAaHUIO MEXaHU3MOB WHIVBU-
JIyaJlbHOTO pa3BUTHs, OU(PGEepeHIMPOBKI U POCTA.
Oco60e BHUMAaHME YAEISIETCS UCCASIOBAHUSIM MeXa-
HU3MOB 3MOPUOHAJIBHOTO M MOCT3MOPUOHAILHOTO
pa3BUTHS B HOPME U IIPU TTATOJIOTHH, BHITTOJITHEHHBIM
Ha MOJIEKYJISIDPHOM, KJIETOYHOM, TKAHEBOM M OpTra-
HU3MEHHOM YPOBHSIX.

Kypnan “OnHroreHe3” BBIITyCKaeTCs HAa PYCCKOM
SI3bIKE U OMHOBPEMEHHO Ha aHTJIMIACKOM SI3bIKE 1O/ Ha-
3BaHueM “Russian Journal of Developmental Biology” —
MzparensctBamu OO0 “UKI “AKAJJEMKHUWI'A”
(http://sciencejournals.ru/) u Pleades Publishing, Inc.
(http://pleiades.online).

Kypnan OHToreHe3 ObBLUI OCHOBaH KakK KYpHall,
MIPUHUMAIONIINI K TTIe9aTU CTaTh1 Ha PYCCKOM SI3BIKE.
OnHako penakiMoOHHAas1 KOJUIETUsI IPU3bIBaeT UCCe-
JoBaTeJeit 13 3apyOeKHBIX CTpaH ITyOJIMKOBATh B
KypHaJie CTaThb1 Ha aHTJIMICKOM sI3bIKe. MbI IPUHU -
MaeM BCE CTaTbU Ha aHIIMICKOM SI3BIKE, ITOIXOMSI-
1€ HaIlleMy XKypHaJIy 110 TeMaTUKe, U TapaHTUPYyeM
MX CBOEBPEMEHHOE PElLCH3MPOBAaHUE M PACCMOTpe-
HUE PEeIKOJIETUE.

Cratbu, NyOJIMKyeMble B XXypHalie, UHACKCUPY-
IOoTCSI U pedepupyioTcs B CAEHyOIINX 0a3ax HaH-
HbIx: 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”).

OcHoéHble munbl nyOAUKAYUL

1. OpuruHajibHbIE UCCJIeT0BAHMS

CraTby OOJDKHBI COIEpXaTh HOBYIO HMH(POpMa-
LUI0, KOTOpasi CITIOCOOCTBYET OoJjiee TTOJTHOMY ITOHU -
MaHUIO ITPOILIECCOB M MeXaHU3MOB pa3Butus. Co-
JIepxaliasicsi B cTaTbe WH(MOpMaLUs MOXET OBbITh
MoJIlydeHa B XOJe 3KCIIEPUMEHTOB, MOpQOJIornde-
CKUX MCCJIEIOBAaHMI, a TAKKE C ITOMOIIBIO MOAEIN -
poBaHus in silico. MeTommdeckre UM “onmcaTeiib-
HbIe” cTaTbM (HAIIPUMEpP, coaepKallue JaHHbIE 00
SKCIPECCUU OTIEIbHBIX T€HOB) MPUHUMAIOTCSI TOJIb-
KO B TOM CJIy4ae, €CJIM IIpeICTaBJICHHBIC B HUX JaHHbIE
CBsI3aHBI C IIpoLlecCaMM Pa3BUTHUSL U CITOCOOCTBYIOT
pelIeHUIO aKTyaIbHBIX ITPO0JIeM OMOJIOTUY Pa3BUTHSI.
Crartps1 He nopkHa mpeBblnath 20 crpanun (Times
New Roman 12 pt, MmexxcTpouHblii uHTEpBan 1.5).

2. KpaTkue coobmenns

CraTbst MOXET ObITh MPUHSTA K TI€YaTH, €CJIU B Hel
MpeACTaB/ICHbl HOBbIC JaHHEIE, KOTOPbIE MOT'YT OBITh
OLICHEHBI KaK IIPUOPUTETHBIE IJISI U3y4aeMoli 00JIacTH
ouonornu pasButusi. CTaThsl HE TOJDKHA IPEBBIIIATH
6 crpanul (Times New Roman 12 pt, MeXXCTpOYHBIi
nHTepBan 1.5), MoXxeT BKIOYaTh | WLTIOCTpaLUIO U
10 cChLIOK B CHMCKE JIMTEPATYPHI.

3. O0630psI

O0630pbI AOJLKHBI OBITH MPOOJIEMHO OPUEHTUPOBAH-
HBIMU, aHAUTUTUYECKUMU, C YeTKO BUAMMOM MO3ULIUEH
aBTOPOB II0 paccMaTpPUBAEMOMY BOIIPOCY, IIPU 3TOM
MpEearnoYTeHue OTaaeTCss 0030paM, ITOCBAIIEHHBIM HO-
BBIM TI€PCIIEKTUBHBIM O0JIACTSIM OMOJIOTUM Pa3BUTHSI.
Cratbs He mopkHa TipeBbiaTh 24 crpaHuilbl (Times
New Roman 12 pt, MeXcTpo4YHBbIif UHTEpBAaI 1.5).

OcHosHble memamuuecKue pyopuxku
1. buoJiorusi pa3BUTHS XKUBOTHBIX (OECITO3BOHOY-
HBIX 1 TO3BOHOYHBIX)
2. buonorns pa3BuTUI pacTeHUIA

3. buosiorus pa3BUTUSI TIPEACTABUTENECH APYTrUx
IIAPCTB XXUBBIX OPraHU3MOB

4. MexaH13Mbl HOPMJILHOTO M MAaTOJIOTUYECKOTO
pa3BUTUS

5. MonekynsipHast OMOJIOTUSI pa3BUTUS

6. Mexanu3mbl iposdepanni 1 auddepeHIm-
POBKH KJIETOK

7. MopdoreHe3 (pusmueckue, KJICTOYHBIE M1 MO-
JIEKYJISIPHbIE OCHOBBI)

8. PereHepanus

9. MeTtoabl U MOJIEIN OMOJIOTUU PA3BUTHUS

10. DBomIOLIMOHHAST OMOJIOTHST PA3BUTUST

11. DKoJyiornueckasi 6GMOJOTHSI Pa3BUTHUS

12. HoBoctu Omosnoruu pas3Butus (IIOITyIsIpHBIE
CUHOIICUCHI, OTYETHI O KOH(EPEHIIMSIX)

13. PenieH31sT HA KHUTY

Odgopmaenue 31eKmpoOHHOI 8epcuu cmamaol

Hnsa mpenocTaBieHUs CTaTbU K MyOJIMKAIIUK aB-
TOpaM HeOoOXOmMMO TIpuciaTh B Pemakimio siek-
TPOHHYIO Bepcuio ctaTtbum B ¢opmare DOC wmnm
DOCX (MSWord) no s1eKTpoOHHOIT moute — onto-
genez@list.ru wjiu 4epe3 oHJalH-(popMmy Ha caiite
KypHana http://ontogenez.org/?show=content10. B
onvH daiin B popmate DOC BkiIIOUaETCS aHHOTA-
1WA, TEKCT CTAThU, CIIMCOK JINTEPATyPhI, TAOIUIIBI 1
TTOAITMCH K PUCYHKaM, TpadUKu 1 pUCYHKU (PUCYH-
KU TOJDKHBI OBITH TIOMEITIEHBI B KOHIIE CTaThM), & TaK-
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Ke TIepeBod aHHOTAllMK Ha aHTJIMMCKUIA SI3bIK. B co-
IIPOBOAUTEIbHOM ITMCHhME CJIEAYeT yKa3aTbh, YTO Py-
KOITMCh He OblIa paHee HUTOE OIMyOJMKOBaHA M HeE
HaXOOUTCS Ha paCCMOTPEHUHU Ha IpeIMeT ITyOInKa-
UM B Opyrux musmaHusgx. Ha ormenbHOI cTpaHuile
MIpUWIaraloTcsl CBedeHMs o0 aBTOpaxX C yKa3aHUEM
aZpecoB, KOHTAKTHBIX TeJIe(OHOB U IIEKTPOHHOM
MOYTHI, a TAKXKE YKA3bIBA€TCsI aBTOP, OTBETCTBEHHbBIN
3a IIepPEeMNucKy ¢ peaakiimeil 1 paboTy ¢ KOpPeKTYpOii.

ITocne peneH3MpoBaHUS M OKOHYATEIHLHOIO pe-
IIEHUSI O MPUHSITUM CTAaTbU K ITyOJIMKAIIUX aBTOPHI
JIOJDKHBI JOMOJIHUTEIBHO BBICIATh I'pauKu U pU-
cyHku B popmarte JPG u EPS ¢ pa3pemieHueM He Me-
Hee 300 dpi (Kaxnyro WLIIOCTpallMiO — B BUIE OT-
JebHOro (haiina).

DaiiTbl JOKHBI ObITh HA3BaHKI C UCTIOJIB30BAHUEM
TOJIBKO JaTUHCKUX OykB. @aiibl OOIBIINX OOBEMOB
>KeJIaTeJIbHO apXUBUPOBATh OOIIEU3BECTHLIMU apXUBa-
TopaMmu. B aToM cirydae ¢aiiibl JOJDKHBI UIMETh PACIII-
penus atux nporpamm (ZIP, ARJ, RAR u T.1.). Hemo-
IyCTUMO IIpenocTapiieHre B Pemakiinmio camopacmnako-
peiBatomxcsa EXE-daiinos.

Cmpykmypa nybauxayuu

CraTbsi 10/KHA ObITh HalMCaHa Ye€TKO, IOTUYHO U
TIIATEJIbHO OTpeaakTupoBaHa. OpUTrMHaIbHbIE CTa-
ThU CJIEAYeT pa3fesisiTh Ha OTAebHbIE YacTu: “Mare-
puasibl 1 MeToabl”, “Pesynbrathl”, “O0cyxkaeHue”,
“Cnucok yurepatypbl”. He momyckaercst my0ampo-
BaHUE MaTepuaja B Tabiuiiax, Ha pUCyHKaxX U B TEK-
cre. Bce cTpaHulbl pyKomnucu, BKJtodast Tabaulibl,
CIHCOK JIMTEPATYPHI U MOJAMNKCHU K PUCYHKAM, CIIEy-
eT IMIPOHYMEPOBAaTh.

TuTyJbHAsA CTPAHULIA.

Ha nepBoii cTpaHulie CTaTbu yKa3blBalOTCS Ha-
3BaHUe pyOpukM, HHIAEKC ctaTthu 1o YK (cM.
http://www.udkcodes.net), Ha3BaHWe CTaTbU, UHU-
Hyvanbl U ¢GaMuIuyd aBTOPOB, IIOJIHOE Ha3BaHUE
YUpEXIEeHUM, B KOTOPbIX pabOTaOT aBTOPbI, ITIOUTO-
BBIi aJipec 3TUX yUYpeXAESHUI ¢ MUHIEKCOM (eCiiv aB-
TOPHBI padOTAIOT B pa3HBIX MHCTUTYTaX, HEOOXOIMO
MPUBECTU Ha3BaHUS U agpeca BCeX MHCTUTYTOB).
Hanee nMpuBOASITCS KpaTKasi aHHOTALUSI U KITIOUe-
Bble ciioBa (o6pasel oopMIIeHUS TIepBOil CTpaHU-
bl cM. B [Tpunoxenuu 1).

HazBaHue cTaTbu JOJKHO OBITH KPAaTKUM U OTpa-
XaThb CyTh paboThl. ClienyeT 1o BO3MOXHOCTHU U30e-
raTh MCITOJIb30BaHUS COKpAIIEHUIA.

AHHOTALMS JOJKHA OBITh KPaTKOM M coaepXKaTh
LIeJib, OCHOBHBIE pe3yJibTaThl M HauboJiee cylle-
CTBEHHBIE BBIBOABI pabOThl. AHHOTAIIMSI HE MOJIKHA
npesbIaTh 350 CIOB.

KirroueBbie cioBa MOIKHBI OTpaXkaThb OCHOBHBIE
acrmeKkThl paboThl (MOAEHb, OOBEKT MCCIIEIOBAHUSI,
KJIIOU€BbIE METO/IbI, IPUHIIUITMATbHBIE TIPOLIECCHI).
CrenyeT n3berath coKpalleHU 1 yactuil “M1”.

O6paTI/ITC BHUMAHUME HA TO, YTO KJIIIOYCBLIC CJIOBaA
JOJIKHBI UCIT0JIb30BaThCA B HAa3BaHMU M aHHOTAalluu,
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a TaK:Ke MHOTOKPaTHO BCTPEYAThCs B TEKCTE CTAaThU.
IMoxanyiicta, BHUMATEIbHO IIPOBEPSIIATE KITIOUYEBEIEC
CJIOBAa U MX BCTPEUYAEMOCThb B aHIJIMMCKOM BapUaHTE
Baieit cratbu. BbeilosHeHUe 3TUX MpaBUJI caeiaeT
6osee 23HEKTUBHBIM TTOUCK CTaTbU B 6a3ax JaHHBIX
Y YBEJIUYUT YMCJIO €€ IUTUPOBAaHUIA.

Beenenue.

BBeneHre DOKHO OTpaXaTh COBPEMEHHOE CO-
CTOSIHUE TMIPOOJIEMBI, comepxKaTb 0OOCHOBAHUE MC-
MMOJIb30BAHHBIX METOIWYECKUX IIOAXOMO0B U YETKO
copMyJIUPOBAHHBIC LIEJIU U 3a0a4U UCCIICTOBAHUS.

Marepuajbl 1 METObI.

OnucaHue METOIUK JIOJKHO coAepKaTh JAOCTa-
TOYHO MH(pOPMaLIMU JJI1 BOCIPOU3BEACHUS PaOOTHI,
HO OBITh IOCTATOYHO KPAaTKUM, M IJIS CTaHIapTHBIX
METONMK OTrPpaHUYMBATLCS CCHUIKOM HA OpUTHMHAJIb-
HBIE paboTHI. bosee moapoOHO ciieayeT ocTaHaABIIN-
BaThCS HA PEIKO UCITOJIb3YEMbIX METOJAX M METOIAX,
pa3paboOTaHHBIX WJIM MOAUMULIMPOBAHHBIX CAMUMU
aBTopamu. Ocoboe BHUMaHUE CIEAyeT yAeIUThb O~
CaHUIO BCEX MCIOJIb30BaHHBIX KOHTpoJeil. Heobxo-
JUMO YKa3bIBaTh Ha3BaHUST (pUPM-TIPOU3BOIUTEICIH
JIJIsT UCTIOJIb30BAaHHBIX PEAKTUBOB M 00OPYIOBAHMSI.
IIpu cratucTudeckoil o6paboTKe Marepmuana Heob-
XOIMMO YKa3aTh MCIIOJb30BAaHHBIC CTATUCTUYECKUE
METOMBI U TPOTrPaAMMBI.

ABTOpPBI JOJKHBI YKa3bIBaTh BUIOBbIC HA3BAaHUS U
YHCJIO WCIIOJB30BaHHBIX B pabore oO0bekToB. Ilpm
paboTe ¢ XKMBOTHBIMU HEOOXOAMMO OTMETUTh COOTBET-
CTBHUE 3KCIIEPUMEHTAIbHBIX MAHUITYJISILIMI MEXIyHa-
POIHBIM HOPMaM I10 OMO3THKE, YKa3aTh IPUMEHSIEMbIC
METOIBI 00€300/IMBaHMSI, SBTaHA3UHU U YXOa 3a SKCIIe-
PUMEHTAJIbHBIMM XKMBOTHBIMHM 1O M TIOCJE 3KCHEPHU-
MEHTAJIBHBIX BMeEIIaTeabCTB. boiee mmompobHo ¢ mpa-
BUJIaMM TIPOBEICHUSI PabOT C 3IKCIIEPUMEHTaIbHBIMU
KMBOTHBIMU 1 KJIMHUYECKOI ITpakTUKU B Poccuiickoii
Ddepepaniiyi MOXXHO 03HAKOMUTELCS Ha caiite HcTUTy-
ta 6monoruu passutusi PAH (http://idbras.comcor.ru)
B pasnene “Komuccns mo onostnke”.

Pe3y.]'[l>TaT]:I JOJI>KHBI ObITh IIpeaACTaBICHbI YETKO
" CXKaTo, C MUHUMAJIbHBIM YN CJIOM NIIOCTPATUBHO-
To MaTr€puaia. Bce NITIoCTpaiuumn HEOO0XOANMO XOTS
OBl OOHWH pa3 IMMPpOUUTUPOBATDL B TCKCTEC.

O0cyxaeHne T0JDKHO colepxKaThb OLIEHKY J10CTO-
BEPHOCTH, HOBU3HBI U LICHHOCTU MOJYYEHHBIX pe-
3yJILTATOB, IEPCIIEKTUBLI HajbHeeit padoTel. Cre-
JIyeT n30eraTh N30BITOYHOTO IIUTUPOBAHMS U CIUIII-
KOM OOIIMPHOTO OOCYKICHUSI OIyOJIMKOBAaHHBIX
paHee ctateii. JommycTuMo 0ObeINHSTD pe3yJIbTaThI 1
o0cyxXaeHue B OOUH pas3aea (0COOEHHO e€ClIM CTaThsl
COCTOMT M3 HECKOJIbKMX OTHOCUTEJIILHO HE3aBUCHU-
MBIX 4acTeil). B aToM citydae kejlaTeJbHO B KOHIIE
CTaTbU CYMMUPOBATh OCHOBHBIE ITOJIOXKESHMSI Y BBIBO-
Il paOOTHI B pasnuene “3akiaoueHue”.

Kypuan asasercsa wieHom Committee on Publica-
tion Ethics (COPE), B cBA34 ¢ 3TUM B KOHIIE CTATHH
JIOJDKHBI PACTIONIATATHCS CJIeyIoNe pa3aesibl, Comep-
Kalue CpaBoOYHYI0 HH()OPMAIIMIO.
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1) BJATOOAPHOCTU
MENTS)

O61asg nHGopMaIus o JI000 ITOMOIIN B IIPOBE-
JIeHUX pabOoThI 1 MOATOTOBKE CTaTbU, KpoMe (huHaH-
COBOIi: a) 61arolapHOCTU KOJUIeraM 1 pelieH3eHTaM
(B 0COOBIX city4asx); 0) nH¢popMalus O IIPeIoCTaB-
JIEHUU MaTepUaioB, JAHHBIX, KOMITbIOTEPHOTO 0bec-
MevYeHusl, TpuoopoB BO BpPEeMEHHOE ITOJb30BaHUE;
B) UH(OpPMALIMSI O MNPOBEACHUU UCCIACIOBAaHUMN B
LIEHTPaX KOJUJIEKTUBHOTO TT0JIb30BaHUSI; T') TOMOIIb B
MOATOTOBKE WILIIOCTPALIUIA U T.I1.

2) DUHAHCHUPOBAHUME PABOTBI (FUNDING)

MudopMmanust o rpaHTax U 000K Apyroit ¢pu-
HaHCOBOI momuepxkkKe uccaenoBanuii. [Ipocnm He
KCIOJIb30BaTh B 9TOM pa3iejie COKpallleHHbIe Ha3Ba-
HUS OpraHu3ali-CIIOHCOPOB.

IMpumep: PabGora BbINMONHEHAa MNpU MNOAACPKKE
Poccuiickoro ¢oHma ¢pyHIaMeHTaJIbHBIX CCIEeI0BA~
Huit (mpoekT Ne XX-XX-XXXX-a). Pabota BbIIoJ-
HsJIach B paMKax IpoTrpaMMBI ucciienoBaHmin XXXX,
3aIJIAaHUPOBAaHHBIX B YHUBepcuTteTe XXXX. ABTOpD
X.X.X. moay4yus1 NoaaepKKy or MuHuctepcTBa XXXX
(rpanTt XXXX).

3) COBIKOIEHHME DTHUYECKHMX CTAH-
JAPTOB (COMPLIANCE WITH ETHICAL
STANDARDS)

Dr1o OBA3ATEJIBHBIN paznen st KypHajIoB
OMOJIOTUYECKOM TeEMaTUKMU.

DTOT pasaen mokeH npucyrctBoBaTb Bo BCEX
cTaThsX (HE3aBUCHMMO OT TOIO, ObUIM JIA BOBJICUCHBI
KMBOTHBIE 1 JIIOIH B 3KCIICPUMEHTBI B JAHHOM MCCIIe-
noBanun). IIpocr6a BKITIO9aTh 3Ty MH(MOPMALIMIO HE B
OCHOBHOI1 TEKCT CTaTbM, & UMEHHO B JAHHbII pa3ien.
INoxanyiicTa, MpyHUMaiTe BO BHUMaHNE OYEBUIHbBIC
COOOpakKeHMsI, U4TO K LIAPCTBY JKMBOTHBIX OTHOCSITCSI HE
TOJILKO MJIEKOITUTAIOIIINE, a UCCIICAOBAHMSI MOTYT IIPO-
BOIUTCS 1 32 IIpeieaMy JJA0OpaTOPUU.

I[1pumepsr:

“Bce mpuMeHMMBbIE MeEXIYHApOIHBIC, HAIIUO-
HaJbHbIE W/WUJIA WHCTUTYLIMOHAJBbHBIC MPUHLIWAIMHI
HNCIIOJIb30BaHMsA 2KHMBOTHBIX B OKCIICpUMCHTAaX M
YCJIOBHSI yX01a 32 HUMU OBLIU COOJTIONEHBI”;

“Ilpm BBITOJTHEHNM TAHHOTO WCCJICTOBAaHMS BCe
MaHUITYJISLMH, TTPOBOIWBIINECS C SKCIIEPUMEHTATb-
HBIMH KMBOTHBIMH, METOIBI 00300 IMBaHMS, SBTaHA-
3UU U yXO/a 32 XKMBOTHBIMU JIO U TIOC/Ie DKCIIEPUMEH-
TaJbHBIX BMEIIATEJIbCTB COOTBETCTBOBAIM MEXKIIyHa-
POIHBIM HOpMaM 1o OMO3TUKE.”

“ITpu BBINOJTHEHUU JAHHOTO UCCIeI0BaHUS JIIOOU U
JKMBOTHBIE HE MCTTOIL30BAIINCH B Ka4eCTBE OOBEKTOB”;

“Bce mprnMeHMMBIE MEXIyHapOIHbIE, HAIIMOHAb-
HbI€ U/WIN UHCTUTYLIMOHAIbHBIC IIPUHLIUITBI UCITOb-
30BaHUS JKUBOTHBIX B 9KCIIEPUMEHTAX U YCIOBUS yX0I1a
3a HUMU ObLIM COOMI0NeHbI. JItoau B JaHHOM MCCJIEIO-
BaHMU HE Y4aCTBOBAJIM B Ka4eCTBE OOBEKTOB” .

Ecnu B craTthe He COAEPKUTCSI OMKMCAHUE MCCIEN0-
BaHUIA C y4aCTHEM JIIONEH WY XKMBOTHBIX 1 BBITIOJTHEH-
HBIX KeM-JIM0O M3 aBTOPOB, B paznene “CobioneHne

(ACKNOWLEDG-

STUYECKMX CTaHgapToB” yKasbiBaeTcs: “Hacrosmmas
CTaThsl HE COAEPKUT ONMUCAHUS BBIIIOJIHEHHBIX aBTOpa-
MU UCCJIENOBAHUI C yYaCTUEM JIIOAEHU UJIM UCITIOJIb30Ba-
HMEM KUBOTHBIX B KAYECTBE OOBEKTOB” .

4) KOH®JIMKT MHTEPECOB (CONFLICT
OF INTEREST)

KoH®aukT nHTEpeCcoB — 3TO J1100bIe OTHOLIECHUS,
KOTOpbI€ MOTYT MIPSIMO WM KOCBEHHO TOBIMSTH Ha
Ballly paboTy WK clelaTh €€ MPeAB3SITOM.

IIpumMepsr:

a) “KongmukTt nHTepecoB: ABTop X.X.X. BiajieeT
akuusimu Kommanuu Y, KoTopasi yHoMsiHyTa B CTa-
The. ABTOD Y.Y.Y. — wieH komuTteTa XXXX”.

0) “KoH(pIMKT MHTEpecoB: ABTOPHI 3asIBJISIIOT, YTO
KaKoi-1100 KOH(MINKT MUHTEPECOB OTCYTCTBYET.”

5) MHO®OPMAILIMA O BKIIAAE ABTOPOB
(AUTHOR CONTRIBUTIONS)

[TyonukyeTcs njis1 onpeneeHUAsI BKiIaga Kaskaoro
aBTOpa B HCCJIeIOBaHNE.

Hanpuwmep:

“Astopsl X1, X2 1 X3 mpuaymMann 1 pa3padboraan
DKCIIEPUMEHT, aBTOPHI X4 1 X5 CUHTE3UpOBaIN 00-
pasibl U MPOBEIU UX DJIEKTPOXUMUYECKOE UCCIIEN0-
BaHue. X3 U X4 MpoBeau UCCIAeAOBAHUS METOIOM
CIIEKTPOCKOIIMM KOMOWHAILIMOHHOIO pacCesSHUsI U
SIMP. Astopel X1 u X6 yyacTBOBaiM B 00pabOTKe
ITaHHBIX. ABTOp X7 IIPOBOONI TEOPETUUECKIE pacue-
TeI. ABTOpHI X1, X2 1 X7 yyacTBOBaJIM B HAITMCAHUM
TeKCTa cTaThbu. Bce aBTOpHI ydyacTBOBAJIM B 00CYXIe-
HUU pe3yJabTaToB”.

CuMBoJIaMU B BEpXHEM PErvMcTpe MOXKHO OTMe-
TUTBb aBTOPOB, BHECIIIMX paBHBIN BKJIad B padoTty. Ha-
TpruMep:

“X1%*, X2*, X3, X4, X5

* — aBTOPBI BHEC/IM OJMHAKOBBIIT BKJIA B JaHHOE
KCCIe0BaHME U IIOATOTOBKY CTATh1”.

6) JOTIOJTHUTEJIbHBIE MATEPUAJIbI

Bwmecte ¢ daitnioM pyKonmucu IpUBETCTBYETCS TIe-
penada B pegakuuio (paiiioB ¢ JOMOJHUTEIbHBIMUA Ma-
TepuajgamMu (HarpuMmep, ¢ BUaecoMaTepuaaamMu, 00JIb-
IIMMU TaOJIMLIAMM, TIpEe3eHTAlUsSIMM) IJIsT pa3Mellie-
HUS Ha caiiTe U3aTe/IbCTBa.

JIOMOJTHUTENIbHBIE MaTepHuadbl IYOJMKYIOTCS
TOJIBKO B 3JIEKTPOHHOI BEpCHUM XypHaja Ha caiire:
http://link.springer.com. Ilpu HaJlu4yMu HOTIOJHU-
TeJbHBIX MaTEepPUaIOB B TEKCTE HEOOXOMMMO pa3Me-
CTUTh cChUIKY Ha [IpunoxeHue K cTaTbe 1 MOANNUCATh
aBTOPCKMIA JOTOBOP Ha MpuJiaraeMble MaTepHUaJbl.

bonee nmogpobHast nHdopmalvsl pa3MellieHa Ha
caiire:

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

CHHCOK JIMTepaTypsbl.

ITeuyaTaeTcss ¢ HOBOI CTpaHUIIbI, JOKEH COAEP-
KaTh TOJIBKO LIUTUPOBAHHBIE B CTaThe paboThl. Da-
MUWJIMY aBTOPOB CTaTeil pacIioyiaralorcsl B ITOpsSaKe
andasura. CHavama IMpUBOOAT JUTEPATYpPy Ha pycC-
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CKOM, 3aTeM — Ha MHOCTPaHHEIX si3bIKaxX. B ciyudae,
€CJIM B CIIMCKE MPHUBOMISAT HECKOJIBKO PabOT OTHOTO
aBTOpa, OMYOJMKOBAHHBIX B OMHOM TIOAYy, UM JalOT
OykBeHHBbIe 0003HaueHus: 2009a, 6 u T.4.; IJIs ITyOar-
Kalluif Ha MHOCTpaHHBIX s13bikax — 2009a, b, ¢ v T.I.
Kpome atoro, xkenarenbHo nate DOI cratbu.

JIJ1s1 KHUT: yKa3bIBAIOT (paMIINIO Y MHUIIMAJIBI aB-
TOpPOB, Ha3BaHMWE KHUTHM, MECTO M3NAHUS W U30aTeJIb-
CTBO, TOJl U3IaHNs 1 OOL1Iee YKMCJIO CTPAHULI, HAIIpUMED:
Kopoukun JI.M. HazBaHue KHUIM (00si3aT€JIbHO
nojiHoe). M.: Hayka, 1977. 280 c¢. CchlJIKMA Ha KHUTH,
MepeBeIeHHbIE HAa PYCCKUIA SI3BIK, II0 BO3MOXXHOCTH,
JIOJKHBI COTIPOBOXKIATHCS CCHIJIKAMM Ha OpUTMHAIb-
HbIE€ M3TAHUS C YKa3aHMEM BBIXOIHBIX TaHHBIX.

Hnsa crareit: BacuapeBa T.B., Muuypuna T.B.,
XpyioB H.I'. (ecnu aBTOpoB OoJIbIIIE TPEX, TO IOCTE
Tpex pamummii nuinyt “u ap.”). Haseanue cratbu //
Kyphai (cokpaiieHHO, 6e3 KaBbiuek). 1978. T. 9. Ne 3.
C. 288—290. dns1 myOoaMKauuii Ha MTHOCTPAHHBIX SI3bI-
Kax: ToM — V., Bd., Homep — Ne, ctpanuup — P., S., doi:

Hna muccepraumm: Yynmpmaosa C.M. Haspanue
paboTel: ABTOped. OHC. ... KaHA. OMOJI. HayK. Xaph-
KoB: Men. un-t, 1970. 20 c.

Tabaulibl M MOANIMCHY K PUCYHKaAM pacIiojararoTcs
Ha OTIEJIbHBIX CTPAaHULIAX.

IlepeBon aHHOTALMM HA AHIIMICKMIA A3bIK SIBJISIETCSI
AyTEHTUYHBIM TIEPEBOJIOM 3arjiaBUsl CTaTbU, WHULIAA-
JIOB U (haMWJINIA aBTOPOB B aHITIMMCKOM TPaHCKPUII-
LMW, Ha3BaHUI YUpEeXXIeHWI ¢ MHAEKCAaMU, Ha3BaHUSI -
MM TOPOJIOB U a[IpecaMy 3JICKTPOHHOM MOYTHI, TEKCTA
aHHOTalMU U KJIIoueBbIx cioB (ITpunoxeHue 2).

Tpebosanus k ogpopmaenuo cmamou

Bosee moapoOHyI0 BepCcHI0 MOKHO HAWTH Ha caiiTe
http://pleiades.online/ru/authors/guidlines/.

s nabopa TekcTa peKOMEHIYeTCsT MCTIOTh30BaTh
pemakTop Microsoft Word. Tekct HabupaeTcs ¢ 10-
JIYTOPHBIM MHTEPBAJIOM MEXIYy CTPOKAMU CTaHAAPT-
HbIM pudToM Windows TrueType (Times New Ro-
man — ISt TeKcTa, Symbol — 11 rpedeckux OyKB),
pasMep mpudTa — 12. Iyt coxpaHeHUs TeKCTa peKo-
MeHayeTcs ucioab3oBath popmar DOC (DOCX).

Pa3mepHocTH hu3nvecKuX BeJIMIHH BHIPAXKAIOTCS B
MexnyHaponHoii cucteme CH, a oTHOCHTENIBHBIC
aTOMHBIE Macchl 3jieMeHTOB 110 mkane 12C. B necs-
TUYHBIX JPOOSX 11eJ1asi YaCTh OT APOOHON OTAESIETCS
TOYKOM, a HE 3aMSITOM.

Coxkpamenud. /111 0003HaUeHUSI XUMUUYECKUX CO-
eOIMHEHW B TEKCTe CTaThU (32 MCKIIIOYEHNEM aHHOTA-
IIM1) MOXHO I10JIb30BaThCSI OOIIETIPUHSITHIMU a00pe-
BUaTypaMu: nuMeTwicyiabhokcun — IMCO (DMSO),
gumetundopmamug — IM®DA (DMFA), nonuakpu-
JamuaHblii renb — [TAAT (PAAG), aMMHOKUCIIOTBI —
Gly, Ala, Val u T.11.

CrangapTHple OMOXMMHMYECKHE U MOJIEKYJISPHO-
OMOJIOTHYeCKHEe METOIbI AHAJIN3A W CBSI3aHHBIE C HUMU
TePpMHHBI 0003HAYAIOTCS B TEKCTE OOIIETIPUHSITHIMU
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ab6peBHaTypaMUu U3 3arjlaBHBIX OYKB PYCCKOIO WU
anrnmiickoro andasura: [P — monnmmMepasnas merm-
Hag peakuusi, IMP — gnepHbBIii MarHUTHBINA pe30-
HaHc, SDS-anekTpodopes — anekTpodope3 ¢ gone-
mICcynbgaroM HaTpus U T.1. Bce ucIonb3yeMbie aB-
TOpaMM HeCTaHAAPTHBIC 0003HAYEHUS Y COKPALLIEHUS
MOSICHSIIOTCS B TEKCTE MPU MIEPBOM YIIOMUHAHWU.

Taomupl.

s co3maHus TaOIUL clieayeT MCIOIb30BaTh
nporpamMMmbl MS Word miu MS Excel. Taoauiis
JOJI2KHBI MMETHb IIOPAAKOBBLIE HOME€pa M 3arjiaBus,
yKasbIBalolye Ha ux coaepxaHue. CokpallleHUe CJIOB
B TabiMLaxX He JomyckaeTcd. Kaxmas tabnuiia reda-
TaeTcs Ha OTAENbHOM cTpaHulie. Eciu Tabimia He nmo-
MeIlaeTcs Ha BEPTUKAIBHOM JIMCTE, JOITYCKAeTCs pas3-
BEPHYTH €e Ha TOpU30HTaIbHBINA. Heobxoaumo cTporo
CJICAUTDH 3a BbIpaBHUBAHUEM TOPU3OHTAJIbHBIX CTPOK
U BEPTUKATBbHBIX CTOJIOLIOB B TaOIUIIE.

He crnenyer BKIIOYaTh B TaOAMLbI CTOJOLBI U
CTPOKHU, COCTOSIINE U3 OQUHAKOBEIX 3HAYCHUI (T.€.
W3 3HAYCHUI, He MEHSIOIINXCS OT OITbITA K OITBITY
WJIN OT CTPOKM K CTPOKE). DTU CIydau cleayeT oco0o
oroBoputh B [IpumMeyanuu k tabauue. Jdas Hymepa-
LIMM CHOCOK B TaOJIMLIe IPUMEHSIIOTCS JIaTUHCKUE
OYKBbI, KOTOPbIE JOJKHBI OBITh PACIIOIOXKEHBI B Ta0-
JIMIIe B COOTBETCTBUU C al(PaBUTHHIM IIOPSIKOM
(Ipu YTEHUM 10 TOPU3OHTAIIN).

CrenyeT 4eTKO pas3nyaTh CIydau, KOraa B siueii-
Kax TabJULBI OTCYTCTBYIOT JAHHBIE: €CI UMEETCS B
BUY OTCYTCTBME TaHHBIX, CTABUTCS IIPOUYEPK, a €CIIU
MPUHIMUITAAIBHO HEBO3MOXHO UX ITOJIYYUTh, OCTaeT-
Cd IIyCTOE MECTO.

IluTuposanue.

B texcre hamMmnmy MHOCTpaHHBIX AaBTOPOB JAIOT-
CsI B PyCCKOM HamnMCaHUU, IIPY IEPBOM YIIOMUHAHUN B
CKOOKax yKa3bIBaeTCsI OpUTMHAILHOE HaIlMCaHue, Ha-
npumep: “CornacHo Tugemany (Tiedemann, 1976)...”.
ITpu ccbuikax Ha pabOTHI 6€3 yITOMUHAHWSI aBTOPOB B
TEKCTe B CKOOKaX MPUBOISAT (paMUJIUU B OPUTUHAJIb-
HOM HaITMCaHUU, C YKa3aHUEM TojJia OITyOJIMKOBaHUS
paboTHI U pacHojaraioT 3T CCHUJIKM B XPOHOJIOTMYE-
CKOM Topsiike, HarpuMep: “B Tabanmax, cocTaBlieH-
HBIX UIs1 pa3HbIX BUmoB pui0 (Girh, 1934; Vernier,
1957; CmupHoB, 1958; LeMeur, 1976), umerorcs cBeze-
Hus...”. CchbUIKM Ha paOOTHI OoJjiee, YeM ABYX aBTOPOB
oopmiisitorest  cienyomyM obpazom: (JIoGpoxoTos
u 1p., 1962; Gateby et al., 1966).

I'pacdmyeckuii maTepual.

IIpu mpencraBneHun cratbu B Pemakiuio goro-
rpauu, pUCyHKU, CXEMbI U APYTrOd WJLTIOCTPATUB-
HBII1 MaTepuaj BKJIIOYaIOTCs B OIUMH (haiisl ¢ TeKCTOM
cratbu. ZKenmaTeabHO, 4yTOObI (oTorpaduu uUMenu
paspeireHue He meHee 300 dpi (Toyek Ha JI0KM).

ITocne oKOHYATEILHOTO IIPUHSTUSI CTaThU K IIe-
YaTu aBTOPHI JOJIKHBI JOIMOJIHUTEIBHO BBICIATh WJI-
JIIOCTpallN, colepXKallle HAAIUCU U 0003HAYCHUST
Ha ¢poTorpadpmsax. Kaxxnprii ¢aiin 1opKeH colepKaTh
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OIVH PUCYHOK U OBITh Ha3BaH TaK, YTOOBI ObLIO ITO-
HSITHO, KaKasl WJUTIOCTPALINS B HEM COIECPXKUTCS.

BexTopHble MLTIOCTpALIMU JOJKHBI OBITh ITPENO-
craByieHbl B ¢popmate EPS.

OcTaibHble WUTIOCTPALIMA MPUHUMAIOTCS B JIIO-
OBIX CTAaHAAPTHBIX rpadudeckux popMaTax, IIpearo-
ytuteabHo — JPEG u TIFE

Eciu aBTOpBI MUCIONB3YIOT B CBOEH PYKOIIMCU
WJUTIOCTPALIMU WU TaOIULIBI U3 APYTUX ITyOIUKauii (B
TOM UYMCJIE€ CBOMX COOCTBEHHbBIX), TO UM HEOOXOOUMO
3arpocuTh y M3maresneil aTx myOonuMKaluyii pa3pele-
HUE Ha TIeperievaTKy M1 NCIIOIb30BaHNEe MaTepHUaIOB.

TexHnyecKHe TPEOOBAHUS K HWILTIOCTPALMUSIM.
1) O611ue TpedoBaHUS:

Mnmoctpanym 10/KHBI UIMETh pa3Mepbl: 8—8.5 cMm
(Ha oMHY KOJIOHKY), JIn0o 17—17.5 cM (Ha IBE KOJIOHKH).
Ha muxpodororpadusax momeniaroT MacInTaOHBIN
oTpe3oK. PucyHku um dororpadum HOTKHBI OBITh
CHaOXeHbl HEOOXOAMMBbIMU LIMGMPOBBIMU WU OYK-
BEHHBIMU O0003HAUYECHUSIMU, KOTOPbIE MOSCHSIIOTCS B
noanucsax K HuM. Hagnucu 1 o0o3HaYeHUsT Ha WJI-
JIIOCTPALMSIX MOTYT MEHSTBHCS IIPU MEPEeBOJIE C pycC-
CKOI'0 Ha aHIVIMICKUI SI3BIK, IO3TOMY IS (poTOorpa-
¢uii xkenaTteabHO MPEeJOCTaBUTh BTOPOI BapuaHT 0e3
TeKCTa U 0003HAYCHU, IS OCTAIBHBIX WILTFOCTpA-
LIMI — pacriojiaraTh HAANIMCHU Ha WJUTIOCTPALIMU Tak,
4TOOBI OHU HE COIIPUKACAJINCh HU C KAKUMM €€ Ja-
cramu. i1 Hagnuceil 1 0003HaAYCHUI UCIIOIb3YITe
crangaptHeie Truelype mpudtel. IIpocsdba He mo-
OaBJSATH Ha 3aJHUK TUIAaH WUIIOCTpAlLMii Cephlit
(LBeTHOI1) (POH WJIU CETKU.

2) I'padbvku v nuarpaMmbl (IUTPUXOBBIE WJLIIO-
CcTpaln):

I'paduky n nuarpaMMbl XeJlaTeIbHO TOTOBUTH B
BEKTOPHBIX rpadmuecKrx pemgakropax. OHM DOJKHBI
UMeThb pasperieHue He Hike 600 dpi. TommuHa au-
HMIA He JoJKHa ObITh MeHblIe 0.5 pt. BekTopHbIEe M-
JIIOCTpALMU HE JOJDKHBI COAEPXKAaTh TOYCUHBIX 3aKpa-
cok, Takux kKak “Noise” “Black&white noise” “Top
noise”. JIosT BEKTOpHOI TpadMKN BCE MCITOIB30BaH-
HBIE IIPUPTHI TOKHBI OBITh BKITIOUSHBI B (Daiil.

3) ITonyTOHOBBIE MJLTIOCTPALIUU:
HoyxHbl UMeTh pa3pelieHue He Huxke 300 dpi.

4) KoMOuHMpOBaHHBIE ITIOJIYTOHOBBIE/IITPUXO-
BBIE€ WJLTIOCTPAITAN:

JoikHBI UMETh paspelnenue He Huxe 600 dpi.
ITyOnukanys HBETHHIX WLTIOCTPALMIA.

IMy6GnuKanus IBETHBIX WLTIOCTPALIMii BO3MOXKHA
TOJIbKO B online Bepcum XypHana. 2KejlaTeIbHO BbI-
TTOJTHEHWE OTNpeAe/ICHHBIX TpeOoBaHMI K odopMIie-
HUIO WLTIOCTPALNii, yIUTHIBAIOIINX TOT (haKT, 4TO TIe-
yaTHasl BepCUsl XXypHajla OCTaeTcsl YepHO-0esIoi (CcM.
http://pleiades.online/ru/authors/guidlines/prepare-
electonic-version/images/).

MmocTpaiuu OOJKHBI coepKaTh TONbKO 8-OUT-
HBII 1IBET; IIBeTOBOE nMpocTpaHcTBo — CMYK.

HenpaBunbHo odopMiIeHHAsI CTaThs K PacCMOT-
peHuto Pegakiyeii He mpuHUMAETCS.

PeueH3up06aHue U nodeomoeKa PYKonucu K nevamu

PenensupoBanue. CtaThsi, mocTymnuBiias B Pegak-
LIMI0, HAIIpaBJISIeTCsl Ha PEelLeH3UIO K CIICLIMAJIUCTY B
JIaHHOI 00yIacTU UccieqoBaHuii. B CIIOpHBIX citydasix
0 YCMOTPEHUIO PEIKOJIJIETUN CTaThsl HATIPABIISIETCS
Ha JOIOJIHUTEIBHYIO pelieH3MI0. Pykomucu, He co-
OTBETCTBYIOIIME MPO(UIIO XypHaia, OTKIOHSIOTCS
0e3 peleH3UMN.

PenaktupoBanme.

CraThsl, IpUHITasS K IIyOJUKALIMUA, HO HYXIAr0-
11asicsl B 1opaboTKe, HAMpaBJIsIeTCsI aBTOpaM C 3aMe-
YaHUSIMU peLieH3eHTa. ABTOPHI JOJDKHBI BEPHYTh MC-
MpaBJICHHBIA BApUaHT CTaTbU BMECTE C OTBETOM Ha BCe
3aMedaHusI pelieH3eHTOB. Pemakiys ocraBisieT 3a co-
00I1 IPaBO COKpaIllaTh CTAThbM M BHOCUTh PEAAKIIMOH-
HYIO IIPABKY, COIIacys U3MeHeHUs ¢ aBTopaMu. CTaThbsl,
3afep>KaHHasl Ha MCITpaBJIeHUM 0ojiee OJHOro Mecsilia
WY TpeOyrolasl cepbe3HOit MepepaboTKU, paccMaTpU-
BaeTCsl KAK BHOBB ITOCTYIMBILIAS, TO €CTh CHOBA HAIPaB-
JisieTcsd petieH3eHTaM. Ha mepBoii cTpaHulie cTaThi yKa-
3BIBAIOTCSL: AaTa MOJyYeHUs] PYKOITMCH pelaKlIeil, 1aTa
MOJIy4YeHHSI OKOHYATEILHOTO (TIepepaboTaHHOIO) Bapy-
aHTa CTaThU, AaTa MPUHITHS CTaThU B II€YaTh.

PenmakiroHHast KoJjierusi MOXKET oOpalaTthcs K
CHELMAINCTAM B Pa3IMYHBIX 00JIACTSIX OUOJIOTUHU pa3-
BUTHUS C IPOCKOOI O MOATOTOBKE KOPOTKMX COOOIIIE-
HUII — KOMMEHTapUeB K Haubosiee MHTEPECHBIM (He-
OQHO3HAYHBIM) CTaThsIM, IIOCTYITMBIINM B pEIAKIIUIO.

ABTOpaM cTaTeil, MpolLIeIIIMX PELIEH3UPOBAHUE U
MPUHSTHIX K MyOJIMKaluU, cleayeT oOpMUTh U Bbl-
cJlaTh B peIaKIIMIO IOTOBOPHI O Nepenaye aBTOPCKUX
MpaB IJId U3JaHUS PYCCKOM M aHIJIMIUCKON Bepcuid
CTaTbU I PYCCKOM U aHTJIMNUCKON BEpCUI XKypHaia
COOTBETCTBEHHO. [IOroBOpbl MOMIMCHIBAIOTCS BCEMU
aBTOpaMM CTaTbW W OTIIPABJISIIOTCS B OTCKAHWPOBaH-
HOM Buzie. TeKCTbl aBTOPCKUX JOTOBOPOB MOXHO pac-
revaraTh U3 MHTEPHETA 110 afapecaM: ISl PyCCKOM Bep-
cum — http://www.sciencejournals.ru/journal/ont/ , njst
aHriauiickoil Bepcuu — http://pleiades.online/ru/
authors/agreement/. [IpyHMMAaIOTCSI CKAHUPOBAaHHBIC
BepCcUU AOTOBOPOB. TOJILKO MPpU HATIUYUU ODOPM-
JIEHHOTO U MOATNIMCAaHHOTO BceMu aBTopaMu Jloroso-
pa cTaThs claeTcs B ITeYaTh.

KoppekTypa, OTTHCKH.

Koppekrypa BwICHUIacTCST aBTOpaM W3marenb-
ctBoM B Buie PDF-¢aiina nmo anekTpoHHOI moyte
JUJTSI TIPOBEPKU Y MCHpPaBJIEHUs TUIOTpadCKUX ore-
YaToK; HUKaKMe Ipyrue U3MEeHEeHUs U JOTIOJIHEHUS B
KOppEeKType He AomyckKarmoTcsa. KoppekTypa moikHa
OBITH BBICJIaHA OOpaTHO B M3maTebCTBO B TEUECHME
JIBYyX THEA C MOMEHTA MOJy4eHUsI.

Bricbutaemnrii PDF-aiin BepcTku ctaTby MOXXHO
MIPOYUTATh U OTPEIAKTHUPOBATh C ITOMOIIBIO ITPO-
rpamMbl Acrobat Reader (Bepcum 9 u BbIIIe), KOTO-
pPyI0 MOXHO O€CIUIaTHO cKayaTb 4Yepe3 WHTEPHET:
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http://get.adobe.com/reader/. 3amMe4aHUsT HYXHO
BHOCUTH IpsiMo B PDF-aiin ctaren, ncrionb3ys 1ma-
HeJIb MHCTPYMEHTOB “KoMMeHTapuu M TTOMETKU”
OecnatHoi mporpamMbl Adobe Reader Bepcuu 9+.
He ucnonb3yiite npyrue mnporpaMmsbl Uil [IPaBKU
PDF-¢aiinoB, nHadye aBTOpCKUE 3aMe4YaHUs MOLYT
OBITh MOTEPSIHHI NPH aBTOMATUYECKOM 00paboTKe
orBeToB. Henb3st m3MeHdaThr HazBanue PDF-daiima
CTaTbU U TEMY €-mail CooOIIeHS 110 TOM XXe MPUYIM-
He. [ToapoOHbIe peKOMEHOALMU MO BHECEHUIO HC-
npasyieHuii B PDF-aiin MoxxHo HailTu Ha caliTe 1o
anpecy: http://pleiades.online/ru/authors/guidlines/
electronic-proofreading/.

Bepcusi cTaThy HA QHIJIMIACKOM fA3BIKE SIBJISIETCS
IIOCTPOYHBLIM IIEPEBOIOM TEKCTa PYCCKOIl BEpPCHUM.
Penaxiiyss He IpUHUMAET CTUJIMCTUYECKYIO M JIOTH-
YECKYI0 MIPaBKY TEKCTOB MOCJIE ITyOIMKallMU PYCCKOM
BepcuM. YbeauTeabHasi MpochOa TIIATEJBHO T'OTO-
BUTbH (B YACTHOCTH, BHUMATEJILHO BEIYMTHIBATH KOP-
PEKTYpHhl) pycCKMii BapuaHT cTtaTeii. KoppekTypa aH-
IJIMIICKOTO TEKCTa BBICHLIAETCS aBTOPaM JIJISI IIPOBEP-
KM 1 Ha BEIYMTKY IIPEIOCTABISICTCS He OoJjiee 5 THE.

IMoce ony6IMKOBaHUS CTATbU U3AATEIBCTBO BBHICHI-
JIaeT aBTOPY OECIIaTHO JICKTPOHHBIC (paiiyIbl CTaTh!
B ¢opmare PDF. B OymaxkHOM BHJE OTTUCKU HE
MPEeNOCTaBIISIIOTCSI.

Konmaxmmuas unghopmayus

IMoutoBnelit agpec pemakmuu: 119334, Mocksa,
yi1. BaBunosa, 26, komH. 108.

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

I'maBHBIN pemakTop — AHupeit BanentuHosuy Ba-
CUJIBEB, 3aB. peaakieit — Enena JiImutpueBHa ['acuino

DJIeKTpOHHAas Bepcus XypHana: 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-
HIECTBEHHO OBJIEI'YUT PABOTY PELIEH3EH-
TOB W PENAKTOPOB XKYPHAJIA 1 YCKOPUT
ITOATOTOBKY BAIINEN CTATbU K ITEYATH.

IMPUJIOKEHMUE 1. ITpumep odopmieHuUs EPBOit CTpaHULIbI CTaThU.

MEXAHUNU3MbI ITPOJINPEPAIIUN
N JNOPEPEHIINPOBKHU KJIETOK

YIIK 576.08:578.23

CO3JIAHUE CTABMJIbHBIX KJIETOYHBIX JTMHUN HA OCHOBE
KYJIbTUBUPYEMBIX B-KJIETOK RPMI 8866 C IIOCTOSAHHOI
1 MHAYUUBEJIBHON DKCIIPECCUEN TAT BEJIKA BUPYCA
NMMYHOIEPUIINTA YEJIOBEKA
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Bricokoad dekTUBHAS aHTUPETPOBUPYCHAS TePAIUsI IIO3BOJISIET KOHTPOJIMPOBATh BUPYC UMMYHOIEMDULINTA
yenoBeka (BMY) u npenoTBpaliiatsk pa3Butve iMMyHoneduimta. OnHako Ha ¢hoHe ITPOBOAMMOI Tepariy MO-
IYT Pa3BUBAThLCS PA3IMYHBIE OCJIOKHEHUsI, BKITIoUast B-kierounbie tumdoMbl. OOUH 13 MEXaHU3MOB OHKOIe-
He3a y BUY-uHGUIMPOBaHHBIX NALIMEHTOB CBSI3aH C JeCTBUEM BUpYCHOro Tat Gejika, KOTOPhI CIiocoOeH
npoHuKath B B-kitetku. st nsydenus neiictBus Tat 6enka Ha B-kieTku B HacTosIeil padboTe IMOJIyIeHEI
1 OXapaKTepU30BaHbl KIETOYHbBIE TUHUU Ha OCHOBE KYJIBTUBUPYeMbIX B-kietok auHun RPMI 8866 ¢ no-

CTOSTHHOI 1 MHOYLIMOeIbHOM 3KcIpeccueit Tat 6ernka.

Karouesnie crosa: BUpyc nMMyHoaeuUIINTa dejaoBeka, Tat 6erok, B-kieTkn, oHKoreHes
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IMPUJIOKEHME 2. IIpumep odopmiaeHMs mepeBoIa aHHOTAIIAN.

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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