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OBLIASA XAPAKTEPUCTHUKA PABOTHBI

AKTYaJbHOCTh NP00.JIeMbl. BLIsIBIeHHE MEXaHH3MOB Pa3sBUTHA paCTeHHﬁ, 06naz(a10m1/1x

pa3IMYHBIMU [UTAHAMH CTPOCHHUS, SIBJISIETCS BaXKHEHIIeH po01eMoii OMOIOTUN U TIPOJIUBACT CBET
Ha BOTIPOCHI 3BOJIONMK MOopdorenesa pacreHuil. MexaHn3mbl (HyHKIIMOHHUPOBAHUS alTMKaIbHBIX
mepucteM mnobera (AMII) y 5BOJTIONMOHHO JIPEBHUX TAKCOHOB BBHICIIMX PACTCHHA OCTAIOTCS
MaJOU3y4YeHHBIMU. MeXIay TeM, MPEACTABUTENH 3TUX TAKCOHOB NPUHIIMIUAIBHO OTIMYAIOTCS OT
[[BETKOBBIX PACTEHHH MO CTPYKTYPHO-QYHKUMOHANbHOM opranmzauun AMII, renesy
IJIa3MOJIECMEHHBIX ceTel, coeANHSIOMUX KieTku AMII, 1 ropMOHaIbHON PETyJILUU NPOLIECCOB
pocra. IlpeacraBurenu oTnaena IUIAYHOBUAHBIE - HauOoJee HBOJIIOLMOHHO JAPEBHUE W3 HBIHE
KUBYLIMX cocyaucThIX pacTeHuidd (Banks et al., 2011). Ota rpynna siBisercss CECTPUHCKOHN IO
OTHOIIEHHWIO K JPYIMM BBICIIUM pAacTeHMsIM; JMCTbd Yy OTOM Tpymnmsl Wy JIMHHUHU
NaropOTHUKOBUIHBIE/CEMEHHBIE PACTCHUs BOZHUKIM HE3aBUCHUMO (MHKpPO- U MaKpO(QHUIbHAS
JUHUM SBOJIIOIMH, COOTBETCTBEHHO). B oTnene mniuayHOBUAHBIE BBIIEISIOT Pa3HOCHOPOBBIE
iayHsl mopsiaka Selaginellales ¢ monomekcaoit AMII (kak y mamopOTHHKOBUIHBIX), @ TAKIKE
pa3HOCIIOpOBEIC IUIayHbI Iopsiaka Isdetales u papHocriopoBbie miaynsl nopsiaka Lycopodiales, ¢
cumiuiekcHoH  AMIT  (kak y TOJOCEMEHHBIX pacTeHuit). CpaBHHTEIBHOE H3yUYCHHE
(GYHKIMOHUPOBAHUS aNHMKAIbHOM MEPUCTEMbl MOHOIUIEKCHOTO M CHUMIUIEKCHOTO THIIOB
MPEACTABISIET UCKIIOYUTENbHBIA HHTEPEC B KOHTEKCTE BBISIBJIICHUS aHLIECTPAIbHOTO J1JIs1 BBICIIMX
pacTeHU CTPYKTYPHOT'O THIA alTUKAJIbHOH MEPUCTEMBI.

l'opMoHanpHast U MOJIEKYJIIpHO-TEHeTHYecKast peryisius (yHkiuoHupoBanus AMII
IUTAYHOBH/IHBIX UCCIIEIOBaHa KpaiiHe Maio. B cuimy ux oco0oro puioreHeTH4eckoro nojoKeHus
MIPEACTABISIET OOJIBIION MHTEPEC U3YyUNUTh, HACKOJIBKO MeXaHU3Mbl (hyHKIHoHUpoBaHus AMII y
MpECTaBUTENCH ATOr0 OTHEeNa CXOIHBI C TAKOBBIMH JMHUHM MAaNOpPOTHUKOBUIAHBIC/CEMEHHBIC
pactenus. OnHaKo, B HACTOSIIEE BPEMsI BCE €IIE MMEET MECTO KOJIOCCaJIbHOE OTCTABAHME
WCCJICIOBAaHUA METOJaMH MOJICKYJISIPHOM M KIIETOYHOW OMOJIOTMM TPEJCTaBUTENICH Ha3eMHBIX
pacTeHuid, He OTHOCSIINXCS K MOKPHITOCEMEHHBIM. DTO CBSI3aHO C PsAIOM TpyaHocTei: (1) oueHb
OOJBIION pa3Mep TEHOMOB paBHOCIOPOBBIX IUIAyHOB, XBOIIEH, MAMOPOTHUKOBHUIHBIX U
TOJIOCEMEHHBIX JIEJIaeT MPAKTUYECKH HEBO3MOXKHBIM MX CEKBEHHPOBAHUE W aHHOTHUPOBAHHE; (2)
Yepe/loBaHNE  CaMOCTOSTENBHBIX  CBOOOJHOKHMBYIIMX  CTAQAMA  HECEMEHHBIX  PAacTEHHI
(rametroduTta u criopoduTa) ¥ ATUTETBHBIN KUZHECHHBIA UK (TOBI) XOTS Obl OTHOW M3 CTaIui
3aTpyIHSET X BEJCHHE B KyJIbType U MPUMEHEHNE METOJJOB T€HETUKHU U TeHHON MHKeHepHH; (3)
BBICOKMI YPOBEHb HAKOIUICHHUS B TKAHSAX BTOPUYHBIX META0OJIMTOB (JUTHUHBI, CMOJBI U JIp.)
uHTEpPEepupyeT ¢ OONBIIMHCTBOM METOJIOB MOJICKYJISIpHOH Ouonoruu. B cBs3m ¢ 3TUM B
HaCTOAIIee BpeMsi OOJBIIMHCTBO HCCIEIOBAaHUI COCPEIOTOUYECHBI HAa €AMHUYHBIX MOJENbHBIX

O6’LGKTaX, AJIsT KOTOPBIX CCKBCHUPOBAHBI M AHHOTUPOBAHBI I'CHOMBI, B T.4. IJIA Selaginella
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moellendorfii (k1. Isoetopsida). C mosiBIeHHEM TEXHOJOTHI CEKBEHUPOBAHMSI HOBOT'O TIOKOJICHUS
BO3HHMKAE€T BO3MOXXHOCTb BIIEPBBIC MOIOJHUTH 3HAHHUA O MPEICTABUTENIAX IIUPOKOTO Kpyra
TakcOHOB Embryophyta yHHKanbHBIMH JaHHBIMH 00 WX MOJEKYJISAPHBIX M  KJIETOYHBIX
O0COOEHHOCTSIX.

Y Bcex Beicmux pacteHuid AMII orBeuaer 3a (OpMHUpOBAaHHWE BAKHEHUIINX
(OTOCHHTETUYECKMX OpPraHoB — JUCThEB. [l03TOMY CpaBHEHHE MOJIEKYJISAPHBIX MEXaHH3MOB
¢ynkunonupoBanusi AMII pa3nTuUHBIX TaKCOHOB LEIECOOOpPAa3HO NPOBOJUTH HAa TMpUMeEpe
perymsuun GOpMHUPOBAHUS JTUCTA. MOJEKYJISIPHO-TEHETUYECKHE MEXaHHU3MBI, PETYJIHPYIONINe
3aJ10KEHHUE JIUCTA, XOPOILIO U3YUYEHBI Y TOKPHITOCEMEHHBIX. OCHOBHBIMH PETYJISITOPAMHU SIBIISIOTCSA
(1) Tpanckpunimonnsie dakropsl KNOX | kmacca, KoTopble OTBEYarOT 3a MOJAJAEpKAaHUE MMyJia
Henu(phepeHIMPOBaHHBIX CTBOJIOBBIX KJIETOK B MepHCTEME, U (2) TPaHCKPUIIIMOHHBIE (PaKTOPHI
ARP u YABBY, xotopsie siBnsitorcst antaronuctamu KNOX. Bzanmopeiicteue ARP u YABBY
¢ KNOX y MOKpBITOCEMEHHBIX MPUBOJIUT K CMEHE MPOrpamMMbl HEIECTEPMUHUPOBAHHOCTH W
HEOIPaHMUYEHHOI'0 pocTa Ha MpOrpaMMy OrpaHMYEHMs POCTa U JIE€TEPMUHHMPOBAHHOCTH, T.€. K
3allyCKy OpraHOreHe3a; TakuM o0pa3oM, MEpBBIM MapKepoMm oOpazoBanus aucra B AMII
MOKPBITOCEMEHHBIX sIBiseTCsl monaBieHue skcnpeccun reHoB KNOX B rpymme KieTok —
NPEIIECTBEHHUKOB IpuMopaus. buonHdopMaTnueckuii aHaqu3 reHOMOB U TPAaHCKPHUIITOMOB
npexacrasuteneit Lycopodiophyta, Monilophyta (mamopotaukoBuanbsix Sensu lato) u Pinophyta
BeIsIBUI Hanumuue romosioroB KNOX, a Takke Ipyrux MapKepoB aluKaldbHbIX WHUIMAJIEH U
He/leTepMUHHPOBaHHBIX KieTok MepucteMsl (CLE, WOX, HD-Zip III), y Bcex BBICIINX pacTeHUN
(Ambrose et al., 2016; Floyd, Bowman, 2006, 2007; Frank et al, 2015; Nardmann, Werr, 2012;
Vasco et al., 2016). B To »xe Bpemsi, 1aHHBIX 0OTHOCUTENHHO ToMosioroB ARP 1 YABBY y Briciux
pacTeHHil, HE OTHOCSIIMXCS K TOKPBHITOCEMEHHbIM, HaMHOro MeHblle. OOHapykeHue
TpanckpuntoB reHoB-romoioroB  KNOX wu ARP B AMII pa3HOCHOpOBOro IuiayHa
Selaginella kraussiana u B pa3BuBaroIuxcs JUCTOBBIX 3a4aTkax narmoporHuka Osmunda regalis
MOCJTY>KUJIO OCHOBAaHUEM JIJIsl yTBepkAeHUS 0 KoHcepBatuBHOCTH KNOX/ARP-B3aumopeiicTBuii
y pacTeHuil U o BeposTHOM Bo3HUMKHOBeHHH cucteMbl KNOX/ARP yxe y obmero npenka
IUIayHOBUIHBIX M Ipyrux Beiciiux pacteHuit (Theodoris et al., 2003; Harrison et al, 2005; Luo et
al., 2005; Hay, Tsiantis, 2009). AHaim3 TeHOMa MOJICTTFHBIX BBICIIHX CIIOPOBBIX pacTeHuit ¢ AMIT
MOHOTUICKCHOTO THIIA HE BBISBWJI B HUX TOoMoJoroB reHoB YABBY, u mostomy cumTasock, 4To
YABBY B03HUKIIN B 3BOJIOIUH TOJBKO y ceMeHHbIX pactenuii (Floyd, Bowman, 2006, 2007,
Tomescu et al., 2014).

Ha ceromHAmHniA 1€Hb pacTeHUM WMEIOTCA TPU OCHOBHBIE TOYKM 3pEHHUS Ha
BO3HHKHOBEHUE JINCTHEB B PAa3HbIX TakcOHax: (1) MMCThs BCeX pacTEHUH TOMOJIOIMYHBI CUCTEME

TenoMoB Oe3nucTHBIX Rhyniophyta (Zimmerman, 1952); (2) TucTbs y OQHUX pacTEHUI BOSHUKIIN
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KaK pe3yiabTaT IpeoOpa30BaHUs CUCTEMBI TEJIOMOB (T.H. TEJIOMHBIE JTUCThSI UJIW MaKpO(HUILIBI), a
y Apyrux - de NOVO Kak BBIPOCTBI KOPBI U SMUACPMBI TEJIOMOB (T.H. SHAIUH WA MHUKPOQHILIBI)
(Gifford and Foster, 1989); (3) nucThs B pa3HBIX TAaKCOHAX PACTCHUI BO3HUKAIM HE3aBUCUMO U
MHOTOKPATHO, B TOM YHCJIE MyTeM ctepuimn3ainuu cnopanrueB (Friedman, 2004; Kenrick, Crane,
1997). [IposicHUTH 3TOT BOIPOC MOTJIO ObI CpaBHEHHE MOJEKYJISPHBIX MporpaMMm 00pa3oBaHUS

JIMCTA B pa3HbIX TakcoHax pactenuid (Lutova et al., 2015).

Heab u 3a1aun padoThl. Llenpio qaHHON paboOTHI CTaja XapaKTEPUCTHKA KIETOYHBIX U
MOJIEKYJISIPHBIX MEXaHU3MOB (DYHKIIMOHUPOBAHUS CUMILJIEKCHOM alMKaibHONW MEpUCTEMBI ToOera
pasHocniopoBoro riayna Huperzia selago (L.) Bernh. ex Schrank & Mart B pamkax pa3paboTku
BOMPOCa 00 SBOTIOIMOHHBIX TOMOJIOTHUSX JINCTHEB BBICIIUX PACTCHHIMA.

Jlnist TOCTHKEHUS JAHHOM 1eNI ObUTH MOCTABIEHBI CIEAYIONINE 3a0a4u:

1. OxapakTepu3oBaTh CTPYKTYpy amuMKajdbHOH MeprcTembl modera Huperzia selago mo
0COOEHHOCTSAM (hOPMHUPOBAHMS 30HAIBHOIN CTPYKTYpbI, YUCITY 30H U XapaKTepy JAEIEeHUN KIIETOK
30HBI MOBEPXHOCTHBIX alHMKaIbHBIX WHUIMANEH. OXapakTepru30BaTh THII U U3YyUYUTh PETYIISIUIO
(dbopMEpOBaHuUs TIA3MOJIECM B allUKaIbHOM MepucTeme mobera Huperzia selago.

2. B momydeHHBIX TOCIIEOBATEIFHOCTAX CEKBEHHMPOBAHHOTO TPAHCKPHUIITOMA areKcoB
nobera H.selago mocime de novo cOopku u aHHOTAIMKM BBHISIBHTH TeHbI-romosiord KNOX,
IKCIPECCUPYIONIHECS B amMKalbHOM Mepucteme mobera H. selago. KnonupoBath hparMeHTHI
renoB romosioroB KNOX H. selago, monyuuts meuenbie qurokcurennaoM PHK-30m161 kK HSKNOX
Y BBISIBUTB JIOKQJM3AIIMIO TPAHCKPHUIITOB ATUX T'CHOB B allMKaJIbHOM Mepucteme mobera H. selago
metoaom rudpuanszanuu PHK-PHK in situ.

3. Jlyuist cpaBHEHUSI MOJIEKYJISIPHO-TEHETUYECKOW PEryJsiliud CUMILIEKCHON anvKaJIbHOU
MepucTteMbl mobera H. selag0d W  MOHOIUIEKCHOM —amuMKaabHOW MepHCTeMbl Mobera
Selaginella kraussiana kinonupoBath Gparment k/IHK mepucremcnenngpuunoro rena SKKNOX1
S. kraussiana, monyunts Meuenble aurokcureHuHoM PHK-30ma61 kK SKKNOX1 u BBISBHTH
nokanu3aruio TpanckpuntoB reda SKKNOX1 B anukanpHO# MeprcTeme mobera S. Kraussiana.

4. TlpoBecTd TMOUCK B TMOJYYCHHBIX MOCIEAOBATEIBHOCTAX CEKBEHHPOBAHHOTO
TpaHCKpUNTOMa arekcoB mobera H.selago mocnenoBarenbHOCTEH TPAHCKPHUIITOB TEHOB-
romosioroB antaroHructoB KNOX - ARP u YABBY. B ciyuae BbIsSiBJICHHUSI KIIOHUPOBAThH ()ParMEHTHI
k/IHK romosoros ARP u YABBY H. selago. Ha ocHoBe KJIOHHpOBaHHBIX ()ParMeHTOB MOJIYYHTh
MedeHble qurokcureHnHoM PHK-30H/1bI 1 TPOBECTH SKCTIEPUMEHTHI 110 BBISIBJICHHIO JTOKATU3AIUN
TPAaHCKPHUIITOB 3THX I'€HOB B allMKaJIbHOM MeprcTeme noodera H. selago.

5. CpaBHHTH CXOJCTBO M pa3iH4Ms y4acTus TpaHKCKpUNMUIUOHHBIX (akTtopoB KNOX u mx

aHTaroOHHCTOB B 3aJI0KCHUM JIMCTa B aIllMKaJIbLHOM MCPUCTEMEC nodera HpCHCTaBHTeHeﬁ JABYX



kiaaccoB IurayHoBuaHbIX - Selaginella kraussiana (Istetopsida) u Huperzia selago
(Lycopodiopsida).

Hayunas HoBM3Ha pa0oThbl. BriepBbie BBISIBIEHBI U 0XapaKTEPU30BaHbl T€HBI-TOMOJIOTH

KNOX, skcnpeccupyromuecst B AMIT cummiekcHOro THia papHocroposoro miayHa (H. selago).
BriepBbie 1711 HECEMEHHBIX pacTeHHMl OOHAapy>KEH T'OMOJIOI TPAHCKPHUMIMOHHBIX (DaKTOPOB
YABBY - HsYABBY (panee cumtamoch, uto reHsl YABBY CBO#CTBEHHBI TOJNBKO JIHIIb
CEMEHHBIM PAaCTCHUSIM), U MCCIICA0BaH narTepH skcnpeccun rena HSYABBY B AMIT H. selago.
[TomyueHHBIE TaHHBIE SBJIAIOTCS APTYMEHTAMH B TIOJIEPIKKY TOYKHU 3PEHHS O TOMOJIOTHH JINCTHEB
BCEX TPYII COCYIUCThIX pacteHnid. Hamnume renoB YABBY y minayHOBHAHBIX C CUMITJIEKCHBIM
tunioMm AMII sBnsieTCss HOBBIM apryMEHTOM B TOJIb3Y aHIIECTPAIILHOCTH JAHHOTO TUMA JUIS BCEX
HAa3€MHBIX PACTEHHI, a TAKXKE YKa3bIBaeT HAa TOMOJIOTHIO BTOPHYHBIX IIa3MOJIECM (XapaKTEepPHBIX
JUTSL PACTEHHU C TAHHBIM TUTIOM MEPUCTEMBI) y HA3eMHBIX PAaCTCHUIH.

Teopernyeckasi 1 NMpaKkTHYeCKasl EHHOCTb. ATANITHPOBAH W YaCTUYHO pa3paboTaH

KOMIUIEKC LIUTOJOTHYECKUX U MOJIEKYJIIPHO-OMOJOTHYECKUX METOAOB TNPUMEHUTENIBHO K
IpE/ICTABUTEIISIM PABHOCIIOPOBBIX TIayHOB Ha MoJienin Huperzia selago. Yacts MeTo10B BriepBbIe
MOKET OBITh NpPUMEHEHa AJI PElICHHs HAy4YHbIX 3a7ad Ha LIMPOKOM Kpyre OOBEKTOB, HE
OTHOCAIIMXCS K OKPBITOCEMEHHBIM. [loydeHHbIe pe3ysbTaThl MOTYT OBITh HCHOJIB30BAHBI IPU
YTEHUU KYPCOB JIEKIIUH 10 OOTaHUKE, 3BOIOLUU U (PU3HONOTUN paCTCHUH.

IloJ10:keHMsI, BLIHOCHMbIE HA 3AIIUTY.

1. B anekcax moGera Huperzia selago skcnpeccupyrorcs aBa rexa-romosniora KNOX |
kiacca u Tpu rera-romonora KNOX II kimacca.

2. Tpanckpuntsl ToMooroB KNOX I kimacca HSKNOX1-1 u HSKNOX1-2 nokanusyrooTcs
KaK B LIEHTPaJIbHOH U TIepuepruieckor 30HaX CUMILUIEKCHON alMKaIbHOM MEpUCTEMBI T00era, TaK
U B 3a4aTKax JIUCTHEB M CIIOPAHTHEB, C Oojiee HU3KUM YpPOBHEM HKCIPECCHH B alMKaJIbHBIX
UHHUIIHAAISIX.

3. YV HeceMeHHBIX pacTeHUW BIEPBBIE OOHApYKEeHa dKcmpeccus reHa-romosiora YABBY,
YTO yKa3blBae€T Ha BEPOSTHOE BO3HHUKHOBEHHE NAHHBIX TPAHCKPHUIIIMOHHBIX (DAKTOPOB yXKE Y
00111ero npeKa BCeX Ha3eMHBIX pacTeHUI.

4. Dkcnpeccust rena HSYABBY Huperzia selago merektupyeTcs Kak B IIEHTPAIbHOU U
nepudepruIecKoil 30HaX CHUMIUICKCHON amnMKajdbHOM MEpPHUCTEMBI IMoOera, Tak M B 3adaTKax
JUCTHEB U CIIOPAHTHEB, HO HE B alTMKAJIBHBIX HHUIIMATISX.

5. Konokanuzanus s3xcripeccun HSYABBY, HSKNOX1-1 u HSKNOX1-2 y Huperzia selago
yKa3bIBaeT Ha OTCYTCTBUE aHTarOHUCTUYECKUX B3aUMOJICHCTBUI STUX T'€HOB.

JInyHblii __BKJIAA___couckareyass. Bce wuccienoBaHusi, TNOCBAIICHHBIE HM3YYEHUIO

MOJICKYJEIPDHO-TCHCTUYCCKUX HW MCXAHU3MOB PEryjrsinuu (I)YHKI_[I/IOHI/IPOBEIHI/ISI anuKaaIbHOM
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Mmepuctembl mobera H. selago, mpoBeaeHsl nuMYHO aBTOpOM. Marepuanbl, BOILICIIINEC B
COBMECTHBIE MMyOIHKaIK, 00CyXIATHCh C COABTOPAMH U PYKOBOAHUTEIEM PaOOTHI.

CreneHb J10CTOBEPHOCTH. J[OCTOBEpHOCTHh pe3ynbTaTOB oOecledeHa MpPOBEICHUEM

UCCJIEIOBAaHUM C HCIIOJIb30BAHMEM COBPEMEHHBIX METOJMK Ha BBICOKOTEXHOJOTUYHOM
000pyI0BaHUM 1aO0OpPATOPUN MOJICKYJIIPHON M AKOJOTHYECKOW ¢u3mooruu, a takxke lleHTpa
KOJUIEKTUBHOTO TOJIb30BaHMsI HAy4YHBIM oOOopyaoBaHueM «KieToyHble U MOJEKYJISIpHbIC
TEXHOJIOTUH U3y4eHus pacTeHuit u rpuoos» bBIIH PAH.

Anpobanusi paborbl. Pe3ynbraThl HccnenaoBaHus ObulM  NpeACTaBieHbl Ha 7

Crynendeckoit Kondepennuu CxaHauHaBCKuX o0miecTB ¢usunonaoroB pacteHuit (SPPS) (r.
Jlaynacmaa, Octonusa, 2012 r.); na II(X) Mononexnoi koHpepenimn O6otaHukoB (CaHKT-
[erepOypr, 2012 r.); nHa MexayHapoanoii koudepenmu «Plant Vascular Biology - PVB 2013»,
(r. Xenbcunku, @unnsaaus, 2013 r); na Mexaynapogaom XXV Konrpecce CkaHIuHaBCKUX
obmectB puznonoros pacreruit (SPPS) (r. Crokromsm, Iserus, 2015 r.); nva VIII Coezge ODP
Poccun (ITetpozaBoack, 2015 r.); ma III (XI) Mexnynapoanoit boranndeckoit Kondepenunu
Monoabix yueHbix B Cankt-IlerepOypre (2015 r.); Ha V mexaynapoanoit llkone mis MoixoabIx
YYeHBIX «IOMOpuosIoTHsi, TeHeTHKa, OuorexHomorus» mamsata 1. b. bareirunoit (CaHKT-
[Terepoypr, 2016 r.); Ha MexmyHapomHou KoHpepenmmu «Intercellular communication in
development and disease» (bepnun, I'epmanus, 2017 r.); Ha IV (XIl) MexayHnapoaHoit
Borannueckoit Kondepenunu monoasix yuensix B Cankr-IlerepOypre (2018 r.); Ha XIV Crezne
Pycckoro borannueckoro O6mectBa (Maxaukana, 2018 1.).

CBs3b__padoThl ¢ ILIAHOBLIMHM _HCCJIEIOBAHMSAMHM M _HAVYHBLIMH NPOrpaMMAaMM.

Uccnenosanus nposoauinuck B nepuon ¢ 2012 r. mo 2019 rr. B pamkax miaHoBbix Tem HUP
nabopaTopun MOJIEKYJIsIpHON M 3kojoruueckoi ¢pusuonorun bBUH PAH, rpantoB PO®U Nel2-
04-32168, 13-04-02000, 14-04-01397, 17-04-00837.

Hyoankauuu. [To marepuanam auccepranuu onyoirkoBaHo 18 pabor, B Tom umcie 3
CTaThH B PELECH3UPYEMBIX HAYUHBIX KypHanax, pekomeHaoBaHHbIX BAK PO.

CTpykTypa uM__00beM auccepranum. Jluccepraums wusnoxena Ha 173  crp.

MAIIMHOMUCHOTO TEKCTa, COJASPKUT 7 TaOJHUIl, WILTIOCTpHpoBaHa 31 pUCYHKOM M COCTOUT M3
BBEJICHUS, 4 TT1aB, 3aKJIFOUEHHUS, BEIBOJIOB M CITUCKA IIUTHPYEMOM JTUTEPATYPhI, KOTOPHINA BKIIIOUAET

254 uctouHuka, B TOM yucie 251 cchuIKy Ha paboThl 3apyOeKHBIX aBTOPOB.

COAEPXAHUE PABOTBI
B 00630pe nuTepaTyphl U310KEHBI COBPEMEHHBIE MPEACTABIEHUS O CTPYKTYPHBIX THUIAX
OpraHU3aIy aMUKATHLHOM MEPUCTEMBI 1T00eTa, a Takke 00 0COOEHHOCTSIX €€ CUMIUIACTUYECKOU

OopraHu3anunu, y COBPCMCHHBIX BBICHIHNX paCTeHI/Iﬁ paSHH‘{HOﬁ TaKCOHOMUYECKOM



npuHaanexxHoctu. Oco0oe BHUMAaHUE YAEISIETCS MOJIEKYJISIPHOM XapaKTepPUCTHUKE U aHAIU3Y
NaTTepHOB OKCIOpPECCUU JJs TeHoB, komupyrommx dakrtopsl Tpanckpunimn KNOX,
OTBETCTBEHHBIX 33 COXPAHEHHUE CBOWCTB MEPHUCTEMCIEUM(UYHOCTH, a TaKKE€ HMX OCHOBHBIX
anraronuctoB — YABBY u ARP, kortopple cmocoOCTBYIOT KieTouyHOH anuddepeHunanmm,
3aJI0)KEHUIO JIMCTOBBIX NMPUMOPIUEB M (POPMHUPOBAHUIO B HUX MOJSIPHOCTU CTpoeHHUs. Taxke B
o030pe JMTEpaTypbl pPacCMOTPEHbI COBPEMEHHBIE THIOTE3bl IPOUCXOXKICHHUS JIUCTHEB
COCYIUCTBIX PACTECHUM.
MATEPHUAJI U METO/JBbI

PacTureabHbIH MaTepHAJI.

Pacrenuns Huperzia selago cooupanu B Ky3neunom, Ha ckanax Oepera Jlagoxckoro o3epa,
¢ Mas 1o ceHTsA0ph. [l paboThl MCMOJIB30BANINUCH BEPXYIIKUA MOOErOB, KOTOPBIE WM Cpasy
bukcuposanu B 4% napadopmansaeruae (M/00) B 0ypepe MTSB (50 mM PIPES; 5 mM EGTA,
5 mM MgS0O4; pH 6.9-7.0) c no6asienuem nereprentos (0.2% Tween-20 (06/06); 0.2% Triton
X-100 (06/06)) ¢ mocieAyIOIUM MPOBEACHUEM B MapaduH AasS UMMYHOTHCTOXHMHUH, HIIH
duxcuposanu 4% (m/06) napadopmanpaerue ¢ rodaBieHreM riaytapansaeruaa (3% 06/06) B 0.1
M docdarnom 6ydepe (PH 7.2) aist mpoBeieHNs] B CMOJTY JUIsi CBETOBOW MUKPOCKOIIHH, HITH JKE
JieTlail HAaBECKH W3 PAcTEePThIX BEPXYyHIEK IMOOETroB pacTeHHWH Ui MOJEKYISPHBIX padoT.
Bererarususie moderu Selaginella kraussiana cobupainu B opamkepee boraHHYECKOT0 HHCTUTYTa
uM. B. JI. Komaposa PAH c mas no aBrycr.

MouJexyasipHo-reHeTn4eckue meroabl. ToransHas PHK Beimensmace u3 Bepxyuuek

no6eros Huperzia selago ¢ momorneto pearerra TRIzol. OT-TIL[P npoBoanics B aBTOMaTHYECKOM
amnmudukarope C1000™ Thermal Cycler (Bio-Rad). Ipoxyxrs! TP k1oHMpOBaIH B BEKTOPHI
pBluescript KS(+) (Stratagene, USA) wiu pJET1.2. (ThermoFisher Scientific, Germany). O6e
wiasMusl comaepxkar npomoropel PHK-momumepaser (T7, T3; Roche Diagnostics, Germany).
Hamnume BceraBkm mnoareepxaanocs merogom IIIP ¢ mpaiimepamum K 1uiasmMpgaM |

cnenupuUIecKuMH NpaiiMepaMu K LeJIeBOi BCTaBKe, a TAKKE CEKBEHUPOBAHUEM.

HItammbl_0akTepuii. [l HapaOOTKH IMIa3MUJ C 1[EI€BOW BCTaBKON HCIOIB30BAINUCH
naboparopHbie mtamMbl 0akrepuit Escherichia coli TOP 10F u XL1. Blue (Life Technologies).

JKCTparupoBaHue TOTAJbHOIO 0eJIKa M BeCTepH-0J0TTHHI. JIJI1 HMMYHOJIETEKIIUU

IIC/IEBBIX OCIIKOB BBIMIOJHSIM DKCTpakmuio ToTambHOro Oenka Arabidopsis thaliana, Pisum
sativum, Selaginella kraussiana u Huperzia selago ¢ nmomoripo GeHOIEHOr0 METOAa IKCTPAKIIUH
(Carpentier et al., 2005). BeiieneHHbli TOTaNbHBIA OEIOK MOIBEPTaCs 3IEKTPOPOPETUICCKOMY
pasaencauio u Onorrunry Ha PVDF wmemOpany (Bio-Rad Laboratories, CIIA). Bnotsr
onokupoBanu 2.5% obemxupenHbM MosiokoM (Blotto, Santa-Cruz Biotechnology, CIIIA) B TBS

(50 mM Tris-HCI; 150 mM NaCl) ¢ 0,1% Tween-20® (TBS-T). KNOX u ARP 06enku
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UICHTHQHUIIMPOBATIM C MOMOIIBI0 Kponuubux aHtutenl Kk STM u AS1 (Agrisera). (koHeuHoe
pasBeneHue T epBUYHBIX aHTHTeN cocTaBisuio 1:1000) 1 HRP-KOHBIOTMPOBAHHBIX aHTUTEN K
IgG xponuxa (Agrisera). OrmbiBky npoussoauny B TBS-T. C nomorsio pearenta SuperSignal®
West Dura Extended Duration Substrate (Thermo Scientific, CIIA) mnonyyanu
XEMHJIIOMHHECIICHTHBIA CUTHAJ, KOTOPBIA AETEKTHPOBAINA Ha YyBCTBUTENIbHOU TuteHKe Fujifilm
super RX.

CaeToBas MHUKPOCKOIINSA. AHanmn3 TUCTOJIOTMYECKOM opraHu3alvi  allMKaJIbHBIX

MEpPUCTEM PACTEHUH MPOBOAMIICS C MOMOIIBIO CBETOBOH MHKPOCKOIHUH CPE30B, OKpAIICHHBIX
TOMYHAMHOBBIM cuHUM. [l merexiinu TotanbHoit PHK Ha cpesax Tkaneit Selaginella kraussiana
u Huperzia selago ucnone3oBanu (ryopeclieHTHbIH aKpUANHOBBIN OpaHKeBbIi KpacuTenb. J{is
BeisiBiieHus nokanuszanuu MPHK reroB KNOX u YABBY PHK-conepikatiue cpe3bl oABeprajinch
PHK-PHK rubpumuzaiuu in Situ: oOBoJHEHHBIC TKaHW THOPHIM3UPOBAIHM C IMOJYYCHHBIMH
MeToaoM in Vitro Tpanckpumiuu PHK-30H1aMK (CKOHCTPYHPOBAaHHBIMH Ha OCHOBE aHTHUCCHC- U
CEHC-TIOCIIEIOBATEIbHOCTEH), COMEPKAIIMMUA MEUYCHBIC JTUTOKCUTCHHHOM HYKICOTUabl. Cpe3bl
OTMBIBAJIM OT HE CBSI3ABILUXCS 30HJIOB B JKECTKUX YCJIOBUSX, U HHKYOHMPOBAIM C aHTUTEIAMHU K
nurokcureHuHy  (AQrisera), KOHBIOTHPOBAaHHBIMH C IIEJIOYHOW (ocdaraszoir. JleTekuunio
aKTMBHOCTH ILEJIOYHOH (ocdarTasbl HAa cpe3ax MPOBOAWIN M0 OKPAIINBAHHIO C UCTIOJIIB30BAHUEM
JeBaMUCOJa, XJOPUA HHUTPOCHHETO TeTpa3onus u S5-Opom-4-xiop-3-unponundocdara.
Busyanuzanus mpoBoaHiIachk ¢ MOMOIIbI0 smudiIyopeciieHTHOro Mukpockomna Olympus BX51
(SImonus) u ayopecueHTHOrO MOTOpU30BaHHOTO MUKpockoma AXio Imager Z1 (Carl Zeiss).

TpaHCMHUCCHOHHASA 3JeKTPOHHAsE MUKPOCKOIHUS. HOI[C‘ICT I1a3MoJ€CM B anyKaIbHOM

MepucTeMme mobera Huperzia selago mpoBoamiy ¢ OMOIIBI0 TPAHCMUCCHOHHOTO 3JIEKTPOHHOTO
mrukpockora Hitachi H-600 (Hitachi), a raxxxe Libra 120 Plus (Carl Zeiss).

BBenenue nutokmHuHa B moGerm Huperzia selago. Otpe3aHHble moOern pacTeHHi

Huperzia selago wunkyOupoBamum Ha BOJHOM pacTBope 6-OcH3mi-amuHomypuHa (6-BAIT)
KoHleHTpanmedr 5 x 10-5 M B teuenne 16 uwacoB. PactBop 6-BAIl moctyman B moberu ¢
TPaHCIUPAIMOHHBIM TOKOM. [10 OKOHYaHUH OTIBITA ATICKCHI SKCIIEPUMEHTAIBHBIX M KOHTPOJIBHBIX
(0OpaboTaHHBIX BOAOH) pacTeHMH (UKCHUPOBATU Ui TPAHCMHCCHOHHOW 3IEKTPOHHOMN
MHKPOCKOIIHH.
PE3YJbTATHI UCCJEJOBAHUN
1. XapakTepucTuKa CTpOeHUs anMKaJILHOII MepucTeMbl modera Huperzia selago, ee
CHUMILIACTHYECKON OPraHM3auMu U 0COOCHHOCTEH 3a/10KeHU S JIUCTA
AnukanpHas ~ mepuctema mobera (AMII) Huperziaselago o6mamaer  30HOM
MIOBEPXHOCTHBIX WHUIMAJICH, COCTOAImeH W3 4-7 OTHOCHTENBHO KPYIHBIX MPU3MATHYECKUX

KJICTOK, KOTOPBIC ACIIATCA TOYTHU UCKIIHOYUTCIIBHO AHTHUKIIMHAJIBHO. HCHOCpeI[CTBeHHO mona
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MOBEPXHOCTHBIMU HHULIMAJIIMU PACIIOIAraeTCs 30Ha MOAIOBEPXHOCTHBIX MHUIUAJIEH, COCTOSIIAS
Ha TPOJOJIBHOM cpe3e U3 2-3 CJI0€B KPYIHBIX H30/IMAMETPUUYECKHUX KIIETOK - MPOU3BOIHBIX
NEPUKIINHAIBHBIX IE€JIEHUIN OBEPXHOCTHBIX MHULIMANIEH. OHM IENsTCs B pa3HbIX HANPABICHUSIX.
Ha paccrosinum 4-5 KJI€TOK OT NOBEPXHOCTH aneKca MOJANOBEPXHOCTHbIE MHUIIMAIU HAYUHAIOT
JENUTHCS MPEUMYILIECTBEHHO MapaieIbHO OCH Molera (TaHreHTalbHO) UM KOCOTAaHTE€HTAIbHO,
BBITSITUBATHCA B MPOJOJIBLHOM HaIpaBieHUU U nud@epeHupoBaThCs B KIETKU IIEHTPATHHOTO
npokambuansHoro Tspka. [lo mepudepuu MOBEpXHOCTHBIE M MOANOBEPXHOCTHBIE WHHUIIMAIN
OKpPYEHBI HECKOJIBKUM JIECATKaMHU KJIETOK, KOTOpPbIE AENATCS KaK aHTU- TaK M NEPUKINHAIBHO.
COBOKYIHOCTh 3THUX KIJIETOK oOpa3yeT mnepudepudeckyro, WIH OpraHOTE€HHYIO, 30HY, TIJie
MPOUCXOANUT 3AJI0KEHUE JUCThEB. Ha MNpOTHUBOMONOXKHBIX KpasX amnekca, IPOUCXOJIUT
OJTHOBPEMEHHOE O00pa30BaHUE 3a4yaTKOB JBYX JIMCTheB. Muummanmm smcta H selago
IPEIIECTBYIOT HEOJHOKPATHBIE MEPUKIMHAIBHbBIE JEJICHUS] TPYIIbl U3 3-5 MOBEPXHOCTHBIX
KJIETOK B nepueprudIecKoi 4acTu anekca. B pe3ynbrare 3Tux neneHuit B nepudepruiaecKoi yactu
areKca pa3IMuMMBbl 3a4aTKH JIMCThEB, HAXOASIIMXCA HA Pa3HbIX CTaAMsIX pa3BuTus. IlnoTHOCTH
wia3MojiecM B cTeHkax kierok AMIT Huperzia selago oyens Huskas. [1o Bu3yasbHOI OIICHKE,
OHa HWXE, 4YeM B MEpUCTEME IOKPBITOCEMEHHBIX pacteHui. Hepenko Bcrpedarorcs H- m V-
o0pa3Hble BETBALIUECS I171a3MOIECMbI, CTPYKTYPHO COOTBETCTBYIOIIHNE ONPEAEICHUIO BTOPHUHBIX
wiazmMoiecM. ['opMOHaNBEHOM MHAYKIMK 00pa30BaHUs MIa3MOJecM (C MOMOINBIO BBEACHUS 6-

oensmn-amuHonypuHa (6-BAIT) ¢ TpaHCTIHPAIMOHHBIM TOKOM) B paboTe He BBIABIECHO (pHC. 1)

1.2

1 m6-5AN

O KoHTponb

0.8
0.6

0.4 -

CTEHKH

0.2

1 2 3 4 5 6 7 8 9 10 11
1- AI/Al; 2 - Al/PZ; 3 - AI/CC; 4 - CC/CC; 5 - CC/PZ; 6 -
PZ/PZ; 7 - PZ/ssPZ; 8 - ssPZ/ssPZ; 9 - CC/RZ; 10 - RZ/RZ;
11- PZ/RZ

Yucno nnazamogecm Ha 1 MKM ANWHBI KNETOYHOW

Puc. 1. Pacmpenenenue mIasMoIecM MEXKIY KIETKAMH MEPUCTEMBI B moOerax mocie 16-dacoBoid
9KCMO3UIMU C BoJod (koHTposb) wnu 6-BAIl. Al, ammkanpHble wHUIMAaNW, PZ, TOBEpPXHOCTHBIC KIICTKH
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nepugepudeckoit 308, CC, meHTpanbHas 30Ha; ssPZ, moamoBepXHOCTHBIE KIETKH Tepudepudeckoit 30HbL, RZ,
cTepkHEBas 30Ha. Macmtabnas nmuHeika: 50 mxm (A,B,1); 500 am (0K, cBepxy); 200 am (K, cHU3Y).

2. HcciaenoBanne BHYTPHUTKAHEBO#l Jokajau3amuu TpaHckpuntoB SKKNOX1 B
anuKajJbHoli MepucTeMe modera Selaginella kraussiana

B pamkax manHOi paGoThl Obli1a IpOBEEHA ONTUMU3ALIMS METOIMKH MTOATOTOBKH TKaHEeH
S. kraussiana u H. selago mis mpoBemeHHs HCCIIEIOBaHUN XapakTepa SKCIPECCHH TEHOB,
CBSI3aHHBIX KaK C MEPUCTEMATHYECKHUMH CBOMCTBAMU allMKaIbHOW MEPHCTEMBI TOOera pacTeHus,
TaK 1 KJIeTouHO! nuddepeHnuanmeii B mporecce 3ajuoxeHus 1 GopMupoBaHus JiucTa. [lomydens
PHK-conepxaniue cpe3bl paCTUTENIBHBIX TKAHEW I U3YUYECHHs XapaKTepa SKCIIPECCUU LIETIEBbIX
reroB y S. kraussiana u H. selago. /{ist usyuenus xapakrepa sxcrpeccuu renoB KNOX | kimacca
B anMKaJbHOM MepucTeMe mobera S. Kraussiana Opiia aMIuTHHIIMPOBaHA MOTHAS KOAUPYIOIIAs
nocienoBareabHocTh SKKNOX1 (GenBank, AY667449) Selaginella kraussiana ¢ momorisio
CHeU(PUICCKIX TMpaiMepoB, MOJOOPAHHBIX K M3BECTHOW HYKJICOTHIHOHN IOCIICIOBATEILHOCTH
(Harrison et al., 2005). Ha ee ocHoBe MeToa0M iN VitrO TpaHCKPHIIIIUU OBUIH CHHTC3UPOBAHBI
MedeHble qurokcureHnHoM PHK-30H1b1. BhIsBICHNE KIE€TOYHO-TKAHEBBIX IOMEHOB dKCIPECCUU
SKKNOX1 mpooauiu merogom PHK-PHK rubpuansamus in situ Oxa3zanock, 4TO TPaHCKPUITHI
SkKNOX1, kak u tpanckpunthl reHoB KNOX | kiacca ceMeHHBIX pacTeHHH, TETEKTUPYIOTCS B
nepudepuyeckoii gactu AMIT S. kraussiana, 3a HCKIIOYEHHEM €IUHCTBEHHOW aIMKaIbHOU
WHUIMAIN OMIKANIINX TPOU3BOIHBIX, U HE BU3YAIM3UPYIOTCS B 30HE 3aJI0KEHUS JIMCTOBBIX
NPUMOPMEB, a TAKXKE B PA3BUBAIOIIUXCS TUCTOBBIX MPUMOPIHsX (puc. 2).

3. Ilondop anTHTen Kk Oeaxkam KNOX HeceMeHHbIX pacTeHHHl He BbISIBHII
cnenupuIHbIX AHTHTEJ

Jl7is OolIeHKH BO3MOXKHOCTH BH3yanu3auuu mect jokanuzanuu 0enxoB KNOX | knmacca B
kietkax AMII ¢ nmomouipl0 UMMYHOTMCTOXUMHH, C LIEJbIO JAJbHEUIIEro COMOCTaBJICHUS C
nokanm3anued ux cobcrBenHoit MPHK, meromoM uMMyHOONOTTHHTa OBUT TIPOBEICH aHATU3
crienuuIHOCTH KOMMepYeckux aHturen (Agrisera, IlIBerus), momydeHHbIX K Oenky STM
Arabidopsis thaliana. Hecmotpss Ha TO, 9TO B 00pa3iiax BBIJCICHHOTO TOTAJILHOTO OeciKa
pacrennii A. thaliana muxoro tuna (Col-0) Bu3yanusupoBaics OEIKOBBIH MPOIYKT ¢ 0XKHUIAEMBIM
MoJIeKyIsipHbIM BecoM (42 kJla), B oOpasiax TOTaJbHOrO O€liKa MYTaHTOB-HOKAayTOB Stm
A. thaliana obnapy:kuBajCst OCIKOBBIA MPOAYKT CO CXOKHM MOJIEKYJIIPHBIM BecoM. IloaTomy
ObLT caenaH BBIBOJ O HECHEIU(PUYHOM CBS3BIBAHUU AHTUTEN, MU HMX HENPUTOJAHOCTH s

z[anLHeﬁmero TCCTUPOBAHMUA.
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Puc. 2. BuyrputkaneBas nokanuzaims tpaHckpuntoB SKKNOX1 B amukaneHOit mepucteme Selaginella
kraussiana. A, ruOpuauM3ars MeIMaHHBIX Cpe30B Bepxymiek mobero Selaginella kraussiana c¢ amtmcenc PHK-
3oHMaMH. Kuprmdnas okpacka wmapkupyeT momen skcrnpeccud rema SKKNOX1. Crpenmka ykassiBaeT Ha
SIMHCTBCHHYIO AlMKAIbHYI0 WHHANWATh. b, rubpuomsaunus MeIuMaHHBIX Cpe30B Bepxyuiek mobero Selaginella
kraussiana ¢ cenc PHK-30H1aMu. (OTpHIATENBHBINA KOHTPOJIB). MacmrtabHas TuHerKa: 50 MKM.

4. Boigesenue TotaabHoii PHK u3 Bepxymexk mo6eroB Huperzia selago ¢ umesbio
JajibHeHIIero aHaJIn3a TPAaHCKPUIITOMA, U CaAM aHAJIN3, MO3BOJIWIN BhISBUTH TeHbl KNOX |
kJaacca Huperzia selago

U3 Bepxymek mobero Huperzia selago 6vuia Beienena toranbias PHK. Ee oborarienue
polyA-PHK, cunte3s wu cexkBenmpoBanue kJIHK, a Takke cOOopka IOJyYEHHBIX
TIOCJICIOBATEIbHOCTEH, MpoBoAWaKCh neHTpom SciLifeLab B pamkax corpyaaudectBa c
Yuusepcuterom Crokronbma, [IBernust (Evkaikina et al., 2017). [lnuHa npouTeHUH COCTaBIIsIA
He MeHee 250 nykieotunoB. COOpKa MPOBOAMIACH TBAXKIIBI, BTOpas cOOpKa Aajia pe3yiabTaThl
BBICOKOTO KauyecTBa. [IOMCK TOMOJIOTOB II€JIEBBIX T'€HOB MPOBOAMIM MPU MOMOIIM (PyHKIUU
BlastX search ucnomb3yst Blast 2.2.29+ (Camacho et al., 2009) u or6éupanu no 20 my4mux
¢parmenToB st kaxaoro tpanckpunra. C nmomompio Blast2GO V.2.8.0 (Conesa et al., 2005)
BoccraHaBnuBaimu coorBeTcTBytomme GO (Gene Onthology) nnenTndukaTops! U, B COOTBETCTBUA
¢ nporokoamu Gene Ontology Consortium (2001), oTOpackiBanu (GparMeHTHI, KOTOPbIE HE
UCIIONB30BAINCH AJIl aHHOTUPOBaHUs. beuto BeisiBieHO NsATh TpaHckpunToB KNOX reHnos: nBa
tpanckpunta reHoB KNOX | kmacca: HSKNOX1-1 (GenBank, KX761181) u HsSKNOX1-2
(GenBank, KX761182), u tpu - renoB KNOX Il kmacca: HSKNOX2-1 (GenBank, KX761185),
HsKNOX2-2 (GenBank, KX761184) u HSKNOX2-3 (GenBank, KX761183).

5. Kilerounslii narrepH Jokaauzanuu TpanckpuntoB HSKNOX1-1 u HSKNOX1-2 B
cumiiekcHoii  AMIT Huperziaselago orimyaercsi 0T JIOKaJIM3alUH TPAHCKPHUINTOB
SkKKNOX1 B monomiaekcuoii AMII Selaginella kraussiana

PHK-30H71B1 as11  WCCHEMOBaHHMS — XapakTepa OKCIPECCHH JaHHBIX TE€HOB  OBUIH
CHUHTE3UPOBaHbl Ha OCHOBE TMOJHOM Koaupymwmeld mnocienoBatenbHocTH HSKNOX1-1
Huperziaselago, a Takke KOpPOTKHX  BapuaOelbHBIX  (ParMEHTOB  KOAUPYIOIIUX

nocienosarensHocTeil HSKNOX1-1 1 HSKNOX1-2. BrisBieHre KI€TOYHO-TKAHEBLIX JOMEHOB
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skcrpeccur HSKNOX1-1 u HSKNOX1-2 B Tkansx Bepxyiiek mooeros H. selago meromom PHK-
PHK rubpuausanmy in Situ mokasaso, 4To NaTTepH JOKAIU3aIHU OTINYACTCS OT OMIMCAHHOTO IS
ceMeHHbIX pacTeHuit u s Selaginella kraussiana, u, HampOTHB, CX0X C TAKOBBIM HPOIYKTOB
reroB KNOX [ kimacca mamopoTHUKOBUAHBIX - PACTEHUH MakpOQWILIHHON JIMHUH SBOJIOLUH.
MPHK HSKNOX1-1 u HSKNOX1-2 Bu3yanusupyercst BO Bcex KieTkax cumiuiekcHor AMIT (puc.
3, 4). Haubornee cuibHbINA ypoBEeHb CUTHaja Habmromaercs B nepudepudeckoi 3ove AMIL, rae
MIPOUCXOUT 3aJI0KEHHUE JIUCTOBBIX MPUMOpPAUEeB. OTHOCHTENIBHO clalblii YpOBEHb CHUTHAaIA
NETEKTUPYETCS. B alMKAJIbHBIX WHUIHMAIAX, a TaKKEe B CyOaNMKaJIbHBIX KJIETKAaX LEHTPAIBHOM
3081 AMII. CunbHBIN ypOBEHh CUTHAJIA TAKKE BH3YAIM3UPYETCS B PA3BHBAIOIINXCS JINCTOBBIX
OPUMOPAMSX, 3ayaTKaxX CHOPAHTUEB, LIEHTPAIbHOM MPOKAMOMAIBbHOM TSDKE W B IPOKaMOUU

JIUCTOBBIX CJICOOB.

Puc. 3. Buyrpurkaneas sokanuzauus TpanckpuntoB HSKNOX1-1 B anukanbHBIX MepHCTEMax MOOEroB
Huperzia selago meromom PHK-PHK rubpuausanum in Situ. A, rubpuamsanus MeIHaHHBIX CPE30B BEPXYIIEK
no6eros Huperzia selago ¢ antucernc PHK-30u1amu. B axcniepumente Hanocumiock 80 ur PHK-301108 Ha crekio. b,
rubpuau3alys MeANaHHbIX Cpe30B Bepxyluek moderoB Huperzia selago ¢ cenc PHK-3onmamu (oTpuuatenbHbIi
KOHTpoJs). B skcnepumente Hanocwnock 80 Hr PHK-30Hm0B Ha cTexio. B, ruOpuamsanus MeIMaHHBIX CPE30B
Bepxymiek moderos Huperzia selago ¢ anrucernc PHK-30u1amu. B sxkcniepumente vanocunocs 150 ur PHK-30H108B
Ha crexio. I, rubpuamsands MmeIuMaHHBIX Cpe30B Bepxymiek moberoB Huperzia selago ¢ cenc PHK-30mmamu
(oTpunaTensHBIN KOHTPOINB). B skcmepumente Hanocwiock 150 ar PHK-30mm0B Ha crexino. MPHK HSKNOX1-1
nerextupyercs B AMII (ueHTpanbHas 30Ha 0003HAYAETCsl M30THYTOM JMHUEH; nepudepuyeckasl 30Ha 0003HaYeHA
M30THYTOH MyHKTUpHOU JuHUel ). Hanbosee cuimbHbINM curHan HabmoaaeTcs B nepudepuueckoii 3one AMIIL, tam, rie
MIPOMCXOANT 3aJ0KEHHE JIMCTOBBIX MPUMOPAMEB (M30THYTasl ITyHKTHPHAS JIMHHA), B Pa3BHBAOIINXCS JIMCTOBBIX
NpUMOpIUsX (CTpEeNKH), 3adaTKax CHOPAaHTHEB (BEpIIMHA CTPEJIKH), LEHTPAJIbHOM IPOKaMOMAIbHOM TsKE M
NPOKaMOHH JIUCTOBBIX cIeA0B (poMObI). OTHOCHTENBHO Cl1alblii CHTHAJ BU3YaIM3UPYETCs B alIMKAIBHBIX MHULUAJIAX
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AMII, a Tarxke B Cy0anuKaIbHBIX KIETKAX IEHTPaIbHOM 30H6I AMIL. B Me30dwuute 3penbix TucTeB YpoBEHb CUTHAIA
3aMeTHO CHWXaeTca. MacmrabHas nuHeiika: 100 MxM.
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Puc. 4. BuyrpurkaneBas snokanuzanusi TpanckpuntoB HSKNOX1-2 B anukainbHBIX MepHCTEMax M0OeroB
Huperzia selago. A, rubpumusaims mequaHHBIX Cpe30B Bepxymiek moberoe Huperzia selago c¢ antucenc PHK-
3oH1amMu. B askcnepumente nHanocwiock 20 Hr PHK-30H70B Ha crekno. b, rubpuauzanust menuaHHBIX CPE30B
Bepxymek mnoberos Huperzia selago ¢ cenc PHK-30Hmamu. (OTpHLATENbHBIH KOHTPOJL). B skcmepumente
Hanocuioch 20 Hr PHK-30m70B Ha crekno. MPHK HSKNOX1-2 nerextupyercss 8 AMII (uienTpanbHas 30Ha
o003HaueHa M30THYTOH JIMHHMEH; nepudepryeckas 30Ha 0003HaUYE€Ha M30THYTOH IMyHKTUpHOW snmHMeH). Hanbomnee
CHJIBHBIN CHTHaN HaOtoaeTcs B nepudepudeckoit 3oae AMII, r1e mponcxoauT 3a10KeHHe JIMCTOBBIX IIPUMOP/INEB
(M30oTHYTast MyHKTHpHAs JIMHHSA), B PAa3BHBAIOIIMXCS JIMCTOBBIX NPHUMOPIMSX (CTPENIKH), 3a4aTKax CIIOPaHTHEB
(BepIIMHA CTPEINIKN), IEHTPATHHOM NTPOKaMOHAIBHOM TSDKE U MTPOKaMOHH JIMCTOBBIX ciie1oB (poMOBI). OTHOCHTEIBEHO
cJ1a0bli CUTHAN BU3YJIM3UPYETCs B alMKadbHBIX MHHOUaIIX AMIIL. B me3zoduie Gonee 3penbIx JIMCTEB YpOBEHb
CHTHaJIa 3aMETHO CHIDKaeTcs. MacmraOHast muHelka: 100 Mxm.

6. [Tonck B MOJIyYeHHBIX MOCIET0BATEIHLHOCTAX TPAHCKPHUIITOMA BepXylllek modera
Huperzia selago renoB-romosioroB ARP u YABBY, sxcnpeccupyromuxcsi B AMII

B xo1e OnonH(pOpMaTHYECKOTO aHalIM3a TPAHCKpUITOMa Bepxymiek moderos H. selago
obur BeisiBaeH HSYABBY (GenBank, KX761186) - romosor cemeiictea renoB YABBY,
OTBETCTBCHHBIX 3a 3aJ0)KCHHE W TMOJISAPHOE pa3BUTHE JIMCTA CEMEHHBIX PACTCHHIA.

MOCJICIOBATEILHOCTEH, TOMOJIOTMYHBIX TeHaM cemeictBa ARP, Taxke peryaupyronmx
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3ayiokeHne u auddepeHImanyo TKaHeH JTIcTa, B TPAaHCKpUIITOME OOHapykeHo He Obl10. Torma
6bu1 npeanpuHAT nouck mMeronoMm OT-ITLIP ¢ momoubio BBIPOXKICHHBIX MpaiiMepoB, a Takxke
MOTBITKU JleTeKuuu Oenka-romosnora ARP ¢ momomipio antuten k ASYMMETRIC LEAVESI]
(AS1) Arabidopsis thaliana B o6pa3max ToranpHoro Oenka H.selago. B kauectse
MOJIOKUTEIBLHOTO  KOHTpOJisi Opanu  oOpasubsl  ToTameHOro Oenka Arabidopsis thaliana,
Selaginella kraussiana u Pisum sativum. ¥V HHX IeTEKTHPOBAIKCH Ha CI1a0OM YPOBHE OCIKOBBIC
MPOIYKTHI, MOJEKYJSPHBII BEC KOTOPBIX COOTBETCTBYET oOxugaemMomy (puc. 5b). s

Huperzia selago 6enkoB-romonoroB ARP He oOHapyskeHo (puc. 5B).

70 kDa

52 kDa

42 kDa

35kDa

25 kDa

15 kDa

Puc. 5. Tlowmck 6Gemkos-romonoroB ARP y Huperzia selago. A, Pesymsrar simekTpodopeTHIecKoro
pasnenenus TotansHOro Gesnka Arabidopsis thaliana (A), Huperzia selago (H), Selaginella kraussiana (S) u Pisum
sativum (P). Oxkpacka Genkos mo ITorco. Ha mopoxky HaneceHo okoio 50 MKr tortaipHoro Oenka. b, Amamus
CTIEIM(UIHOCTH CBSI3BIBAHUSA AHTUTEN C IEJEBBIM OEIKOM METOJOM HMMYHOOIOTTHHTa. BEeIKOBBIC MPOIYKTHI
MOAXO/IAIIETO Beca 0003HAYEHBI JKEIATBIMEU CTpeikamu. HMcrmonb3oBanHbie anTuTena: k Oenky AS1 (AtMYBI1)
Arabidopsis thaliana (AS11 1765; Agrisera). Oxumaemsrii Bec Genka STM 42.7 xJla. Ha pucynke B BugHO
CBsI3bIBAHME aHTUTEN C OelKaMu MOAXOAANIEro MOJIEKYJIIpHOrO Beca y pactenuit Arabidopsis thaliana, Selaginella
kraussiana u Pisum sativum. ¥ Huperzia selago 6emox mnoaxozsiiero Beca He Busyanusupyercs. OHako,
TECTUPOBAHKME AHTUTEII TAKIKE BBIIBUIIO UX CBA3BIBAHUE C IIEJIBIM CIIEKTPOM OEIKOB Pa3sHOOOPA3HON MOJIEKYIISIPHON
MAacChl UCCIIEIOBAHHBIX pacTeHuit. M: mapkep mMoliekyssipHoro Beca Spectra Multicolor Broad Range Protein Ladder
(Thermo Scientific).

7. UccaienoBaHue BHYTPUTKaHeBo#i Jiokaau3anun HSYABBY B AMII Huperzia selago
IMomuast xomupyromias mocienosatensHocts  HSYABBY  Huperzia selago  6Obuta
ammuuIMpoBaHa ¢ ToMmolplo crneunpuyeckux npaiimepos B OT-IILIP. B pesynbrare
CEeKBeHHpOBaHMsI ObUT BbIsABIEH monuMopdmsm amneneir HSYABBY. PHK-3onmer ans
HCCieIoBaHus Jokanmm3anuu 3xcipeccuu HSYABBY Obuti cHTE3MpOBaHBI HA OCHOBE €T0 TIOJTHOM
KOJIMPYIOIIEH MOCcaea0BaTeIbHOCTH. [ MOATBEPKICHNUS HaJW4Hs T€HAa-TOMOJIOTa CeMEeNCTBa

YABBY y H.selago Obuta amrummduipoBana reHomHas mocienoBaTtenbHocTs HSYABBY ¢
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MOMOIIBIO crierpuyecKux npaiimepoB. CTpyKTypa reHoMHOM nocienoBareasHocTd HSYABBY,
a TaK)Ke TO3MIMOHUPOBAHUE MHTPOHOB, 332 UCKIIFOUCHHEM IEPBOTO, MOJHOCTHIO COOTBETCTBYET

CTPYKTYpE M JIOKQJIM3AlMd HMHTPOHOB HM3YUYEHHBIX T'€HOMHBIX NocienoBaTenbHocTei YABBY

IIBETKOBBIX pacTeHu (puc. 6).
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el

Intron 375 bp
Intron 199 bp
Intron 130 bp
Intron 152 bp

q Intron 229 bp

Q Intron 283 bp =

ATG

t F -t 1t 1

CTGACG GGTCTG CCCGAG TAG GAAT AAAG
| I |
132 246 457 500 576 645

Puc. 6. Ctpykrypa amMmmmuduiiupoBasHoii nocienosatensHocTH hparmenrta reaa YABBY. ATG: crapr-kogon; TAG:
cron-ko70H; | - VI: urTpOoHEL. ['panuia HHTPOH/3K30H

Uccnenosanue nokanusanud MPHK HSYABBY B Bepxymikax moberos Huperzia selago
Takxe nmpoBoaAwan ¢ nomoiibio rudpuausanuu PHK-PHK in situ (puc. 7). Kak 1 y ceMeHHbBIX
pacrenuii, y H. selago ren HSYABBY »skcmpeccupyercsi B JHCTOBBIX MPUMOPIUsIX. B kieTkax
3aKJIaJbIBAIOIINXCS] IPUMOPIUEB OH SKCIIPECCUPYETCS] PABHOMEPHO M €0 YPOBEHb AKCIPECCUU
JOBOJIBHO BBICOK (puc. 7A, 7b, 7T"). B Me3o0¢umie 3penbix TUCTHEB yPOBEHb CUTHANA 3aMETHO
cHkaeTca. B TkaHsx pasBuBatomerocs aucra HSYABBY oOnapyxuBaeT HETUNMYHBINA IJist
CEMEHHBIX pacTeHui Xapakrtep jaokanuzauuu MPHK: BMecTo XapakTepHOMl Uil CEMEHHBIX
pacTeHuii abakCcHUadbHOM MPUYPOUYECHHOCTH B JHCTE, TpaHCKpunThl HSYABBY nokanusyroTcst B
abakcualbHON U afakcuanbHOM snuaepme aucta (puc. 7A, 7b, 7T°). Baxxno otmetuts, uro MPHK
HSYABBY Busyanusupyetcst B kiaetkax AMII H. selago, vero Hukorna He HaOJIr0AaI0Ch MPU
UCCIIEIOBAHMSIX CEMEHHbIX pacTeHuil. Ilpu »TOoM Haumbonee CUIbHBIH YpPOBEHb CHUTrHala
HaOmromaercst B mepudepudeckoit 3oue AMII, TaM, e MPOUCXOAMT 3aJ0KEHUE JIMCTOBBIX
npumopaueB (puc. 7b). OTHOCUTEIBHO C1a0bIii YPOBEHBb CUTHANIA ACTCKTUPYETCS B alTMKAIbHBIX
uHumanax AMII, a takke B cyOammkanbHBIX KJIETKax HeHTpaiabHOU 30HBI AMII (puc. 7b).

CHIIBLHBIN YPOBCHBb CUTHAJIA OTMCYACTCA B 3a4aTKaX CIIOPAHTHUECB, HCHTPAJIbHOM HpOKaM6I/IaJII>HOM

TSDKE M IPOKaMOWH JIMCTOBBIX CiiesioB (puc. 7A, 7b).
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Puc. 7. Jlokanuzauust tpanckpunroB HSYABBY B Bepxymikax moGeroB Huperziaselago. A, b, B,
ruOpHUIM3aIKs MEUAHHBIX CPE30B BepXyIleK 100eros ¢ antuceHc (A, B) u cernc PHK- (B). Hanocuiocs 200 ur PHK-
30H710B Ha creksio. MPHK HSYABBY nerextupyercst B AMII (ueHtpasnbHas 30Ha 0003HAaUe€Ha W30THYTOH JIMHUEH;
nepudepryeckas 30Ha - H30THYTOH MyHKTUPHOW nuHKEH). Hanbomnee cunbHBIN curHan BUICH B HepudepniecKon
30HE, TJ€ MPOMCXOANUT 3AJI0KECHHUE JICTOBBIX NMPHUMOPAWEB (M30THYTas MyHKTHPHAS JIMHHA), B Pa3BHBAIOIINXCS
JIMCTOBBIX IPUMOPAMSX (CTPEINIKH), 3a4aTKax CIIOPaHIHEB (BEpIINHA CTPEIKH), IEHTPAITEHOM MTPOKaMOHAIEHOM TSDKE
Y IPOKaMOWH JIMCTOBBIX CJIeI0B (POMOBI). OTHOCHTENBLHO ClIa0blil YPOBEHb CUTHAJIA BU/ICH B AlTUKAIbHBIX HHUAIIHAIAX
1 B cyOamMKanbHBIX KJIETKax IeHTpanbHOH 30HBL I, I, THOpHOM3aIus MOMEPEeYHBIX CPE30B BEPXYILIECK IMOOETOB C
aatucedc (I') m cenc PHK-zommamu ([I). Oxcmpeccuss HSYABBY omHOpogHa B CaMBIX MOJIOABIX JIMCTOBBIX
IPUMOPIMAX; B O0Jiee 3pelIbIX JIUCThIX OHA NPHypOYeHa K a0aKCHAILHON M aJaKCHAIbHOH 3MuiepMe U IPOKaMOHIO.
Ha puc. JI mepuctema 0003Hau€Ha 3BE30YKOIA, 3aKIIA/IbIBAIOIIUECS JIMCTOBbIC MPUMOPIUH - ITYHKTUPHOW JIMHUEH.
Crpenku ykas3pIBaloT Ha Oosee 3penbie aucToBbIe 3auatku. E, ITomepeunsiii cpe3 nucra Huperzia selago. Bungen
OJTHOPOJIHBIM Me30(HIII, a Takke aM(pUKpHUOPaNbHBIN (C KCHIEMOH, OKpYKEeHHOW (pi103MOii) mpoBOSIINIT ITydOK
mucra. CTperka yKa3bslBaeT Ha KCHIIEMY, TIPEpBIBUCTAs CTpesioyka - Ha Guoamy. MacmtabHas nuHelika: 100 Mxm.
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OBCYXJEHUE PE3YJbTATOB

B nmannoit paboTe Oblaa omucaHa 30HajdbHas cTtpykrypa AMII Huperzia selago. Ilo ee
pesynbratam  AMIT Huperzia selago MoXHO OTHECTH K CHMIDIGKCHOMY THIY, KOTOPBIA
CBOWCTBEHEH TUIayHOBUAHBIM (3a uckimoueHusiem Selaginellales) - pasaocmopossim Lycopodiales
U pasHoCIopoBbIM Isoetales, a takke OOBIIMHCTBY TomoceMeHHbIX pacrenuit (Gifford, Foster,
1989; Philipson, 1990). B AMII H. selago Obutn oOHapy»eHbI BETBAIIMECS BTOpUYHBIE H-
oOpasubie U Y-oOpasneie 1wiazmonecmbl (Lucas et al, 1993), B ornmume or AMII Bumos
Selaginella, rae Bu3yanmu3upyroTcss MCKIIOYMTEIHHO HEBETBSAIIMECS TMEPBUYHBIC ILTA3MOJICCMBI
(Imaichi et al., 2007). M3sy4yenne BaustHUS CHHTETHYECKOTO ITuTOKMHUHA (6-BAIl) Ha HHIYKIHIO
dopMupoBanus TIasMonecM B cumiuiekcHoir AMII H. selago He BBISIBUIO JI0CTOBEPHOTO
YBEIMUYCHUS UX IUIOTHOCTU Npu 00paboTke 6-BAIl, 94To MOXKHO paccMaTpUBaTh Kak apryMeHT B
HOJIb3y [UTOKWHHH-HE3aBUCHMOTO MeXaHHM3Ma (OPMHUPOBAHUS BTOPHYHBIX ILIA3MOAECM Yy
Lycopodiales, B oTimyre OT [BETKOBBIX pAacTCHHH. TakuMm 00pa3oM, B pEryJsIuu
CUMILIACTUYEeCKOro TpaHcmopta B AMII miiayHOBHIHBIX U CEMEHHBIX PACTCHHM, TO-BHIUMOMY,
CYIIECTBYIOT 3HAUHUTEILHBIC PA3ITHYUSL.

C mnomomplo OHMOMH(POPMATHYECKOTO aHAM3a TPAHCKPHUIITOMa BEPXYIIEK MOOEToB
H.selago Obutn BbisIBIEHBI mocienoBaTeabHocTh MPHK  ToMOIOroB TpaHCKPHUMITMOHHBIX
dakropoB KNOX | «kjacca, KOTOpble HCKIIOUUTEIBHO BAaXKHBI JJS  TOJJCPKAHUSI
MEPUCTEMCIICITU(PUUECKUX CBONCTB KJIETOK IIBETKOBBIX pacTeHHid. Bbulo 0OHapykeHO JBa
nocienoBarenpHocTH. HSKNOX1-1 u HSKNOX1-2. O6a rema, HSKNOX1-1, 1 HSKNOX1-2,
skcnpeccupytorcss B kietkax AMIT H. selago, uro yka3piBaeT Ha KOHCEPBATHBHYIO POJIb
tpanckpunuoHHbIX akTopoB KNOX B AMII pasnuunbix cTpykTypHBIX THmoB (Harrison et al.,
2005; Ambrose, Vasco et al., 2016; Sundas-Larsson et al., 1998; Pham et al., 2003). Oanako, u
HSKNOX1-1, u HSKNOX1-2 Taxke 3KCIPEcCUPYIOTCS B 3aKJIAABIBAIOIIMXCS MPUMOPAUIX
JMCThEB, uTO commkaet ux ¢ renamu KNOX | knmacca manopotHukoBuaHbIX pactenuit (Bharathan
et al., 2002; Harrison et al., 2005; Ambrose, Vasco et al., 2016) B 6oJbIIeii cTENEHH, YeM reHaMH
KNOX | kiacca nBeTKOBBIX pacTeHHI WK pasHocmopoBoro miayHa Selaginella kraussiana.

B pamkax pazpabotku Bonpoca 00 3Boironuu Mopdoreresa B AMIL, B paboTe u3ydanuch
KJIETOYHO-MOJICKYJISIPHBIC aCHICKThI 3aJI0’KEHUS] MUKPOGUIUTBHBIX JTUcTheB H. selago. 3anoxenue
mucta H. selago npuHIMOHATIBHO OTJIMYACTCS OT 3AJ0XKCHHUS JIMCTa PA3HOCIOPOBOIO IUIAyHa
S. kraussiana: 3ajo)keHHe JIMCTbEB MPOUCXOJUT HE Yepe3 BO3HUKHOBEHHE HOBOM alMKaIbHOM
WHHIIMAIHA JINCTa B TOBEPXHOCTHOM cioe MoHoruiekcHoit AMII Selaginella kraussiana, a B
pe3ysibTaTe CKOOPJMHHUPOBAHHBIX aHTH- W  NCPUKIMHAIBHBIX  JCJICHUH  HECKOJIbKHX
MOBEPXHOCTHBIX KICTOK B repudeprueckoii 30ue cumiiekcHoit AMIIT (Pomanosa u ap., 2010).

CormocTaBieHre acnekToB o0pa3oBaHusi MUKpOMILIBHBIX JUCTheB S. Kraussiana u H. selago ¢
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JUTEpaTYpHBIMU JAHHBIMHU TO3BOJISIET IMOJIaraTh, YTO 3aJI0KEHHE KaK MUKPO(MWIUIBHBIX, TaK U
TEJIOMHBIX JIUCTHEB MPOUCXOAUT B MOHOIUIEKCHOM AMII myTeM BO3HHMKHOBEHHS HOBBIX
anukanbHbIX kieTok (PomanoBa u gp., 2010), a B cummiekcHod AMII - nyrem
CKOOPAMHUPOBAHHOU TIpordepanun rpymibl KieTok nepudepuueckor 3oubl (Gifford, Foster,
1989; Pomanosa u ap., 2010; Evkaikina et al., 2017). Takum o6pa3om, Helb3sl yTBEPKAATh, YTO
MUKPO(QHUIIIILHBIC U TETOMHBIE JIUCThS PA3IUYAIOTCS TI0 CIIOCO0Y 3aJI0KEHUSI.

B pamkax pa3pa®oTku Bormpoca 0 roMoJoruu JuctbeB aiast H. selago Obut BhIsSIBIICH TeH
HSYABBY, enuHCTBEHHBII TOMOJIOT W3 JIByX KJIaCCOB AHTarOHUCTOB TPAHCKPUIILIMOHHBIX
daktopoB KNOX, YABBY u ARP u3BecTHBIX mJi1 IBETKOBBIX PACTCHHUH W PETYIUPYIOIINX
KIETOYHYI0 nuddepeHuaniio B 30He 3aM0KeHus Tucta. OUIOreHeTUUECKU aHaIU3 MOoKa3all,
yto HSYABBY sBnsieTcss cecTpMHCKMM IO OTHOIIEHHIO €r0 IOMOJOraM CEMEHHBIX PacTeHHM
(Evkaikina et al., 2017). Dto cornacyercs ¢ npeanonoxerusmu Finet (2016), coriacHo KOTOPBIM
OmmKalii o0 MPEOK CEMEHHBIX PACTCHHM y)Ke 00J1aan TpaHCKPUTIIIMOHHBIM (pakTopoM
YABBY, oxgnako, mo0aBisieT CylIeCTBEeHHbIN HOBBIN acmekT. [lo BUAMMOMY, pa3HOCIOpPOBBIE
IUTAyHOBH/IHbIE yTpaTWIIA reHHoe cemeiicTBo YABBY, nockonbKy HU B aHHOTHPOBAHHOM F€HOME
Selaginella moellendorffii, Hu B ONyOMMKOBAaHHBIX TPAHCKPUNTOMAX PAa3HOCIOPOBBIX

IUIAYHOBUAHBIX B  0a3e  TPaHCKPUITOMOB WWW.0nekp.com romomoruunsie  YABBY

HIOCJIEIOBATEIbHOCTH He 00HapyxuBatoTcs. HampoTus, kak B renome Selaginella moellendorffii,
TaK ® JUIs  JIPyroro pasHOCIOpOBOro IuiayHa S. Kraussiana, oOHapy)XeHbI TOMOJIOTH
TPaHCKPHUMUIMOHHBIX perynaropoB ARP. Takum o00pazom, MOXXHO NPEANOJIIOXKUTh, YTO JUIS
nogasieHust skcnpeccunn reHoB KNOX | kmacca wm pa3BuTHS MHUKPOQWLIBHBIX JIHMCTHEB
JIOCTAaTOYHO OHOTO U3 (hakTopoB TpaHckpunimu: win YABBY (kak B ciydae paBHOCIIOPOBBIX
IUIayHOBUAHBIX), Wi ARP (kak B ciiyyae pa3HOCHOPOBBIX IUIAyHOBUAHBIX). OTMETHUM, UTO
HSYABBY, B oTnu4ne oT €ro roMoJjIorOB CEMEHHBIX PACTeHUM, TPAHCKPUOUPYETCS HE TOIHKO B
IPUMOP/IHSIX JIUCTHEB, HO U B alIMKAJIBHOW MepucTeMe pacteHuii H. selago, yto HarnoMuHaeT Ko-
skcipeccuio reHabix cemeiicte KNOX u ARP B mepucteme Selaginella kraussiana (Harrison et
al., 2007). Otu naHHbIC BBISIBHIM OTCYTCTBHE AHTArOHUCTUYECKHUX B3aHMMOJCUCTBUII MEXKIy
u3ydeHHbIMU MepucTeMcnenupuueckumu paxropamu KNOX | kinacca u YABBY/ARP u, 4to
BRXHO, TIO3BOJISIIOT ~ TIPEATOJIOKUATh MPUHIUIHNAIBGHO WHOW MeXaHW3M  (HOPMHUPOBAHHSA

MI/IKpO(i)I/IJ'IJ'IBHOFO JIMCTA IO CPaBHCHHUIO C IBETKOBBIMHU PACTCHUAMMU.

3AK/IIOYEHHUE
MoryT 11 noJiy4eHHbIe IaHHbIE ObITh HCIOJIb30BAHBI [1JIsl MPOSICHEHUS BONPOca 00

HCXOHOM /JIsl BBICHINX PACTeHHIl CTPYKTYpHOM THe AMII?
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Ha Tom ocHoBanmu, yro MoHOIuiekcHas AMII onucana mis Chara m GonsmmHCTBa
HECEMEHHBIX PacTeHHH, STOT TN AMII TpagUIIMOHHO paccMaTPUBAETCS B KAUYECTBE UCXOHOTO
st Beicimux pactenud (Gifford and Foster, 1989; Kenrick and Crane, 1997). Oanako, ee
Kidston and Lang (1920) onwmcanu AMII TONBKO YTO TOT/a OTKPBITHIX MEPBBIX HA3EMHBIX
pacrenur Rhyniophyta, kak coCTOsAINYIO0 HE W3 OJHOW, HO M3 TPYIIbI CXOMHBIX KJIETOK. M3-3a
HEBBICOKOTO KAayecTBa WJUTIOCTPATHBHOTO MaTepualia d3Ta TOYKa 3pEHUS HE MOJyduunIia
JOCTAaTOYHOW mojiepKku. OIHaKo, Ha OCHOBAHUHU PE3YyJbTATOB HOBEWIIMX MOJICKYJISAPHBIX
UCCIICIOBAaHUH, OCHOBaHHBIX Ha CPABHEHUH HKCIIPECCUH KIIETOK PAa3HBIX TOMEHOB MOHOTUIEKCHOW
U cuMIuieKcHOH AMII ¢ TOMOIIIEI0 MUKPOYHITOB, BHOBB HAIIlIA TIOATBEPIKICHUE THITOTE3a O TOM,
YTO UMEHHO CUMIUIEKCHBIW TUI AMII ObUT MCXOIHBIM JIsi BBICIIUX PACTCHUH, BIOCICICTBHH
yrepsaabiM y  Selaginella u  GonpmuHcTBa MOHMIOGUTOB  (TIICHJIOTOBBIX, XBOIIEH |
nanopotHukoB) (Frank et al., 2015). Ha nepBbin B31J1s1/], TAKOW BBIBOJI HAXOIUTCS B IPOTUBOPCUUH
CO B3IISIaMH  HA DBOJIONHMIO crioco0a (OPMHUpOBaHHS IUIA3MOJECM —  IPH3HAKA,
ckoppenupoBaHHOro ¢ tunoM AMII. OOmenpuHsITa TOYKa 3pSHHUS O TOM, YTO WCXOIHBI IS
BBICIIMX PACTCHHH WCKIIOYUTEIHHO TEPBUYHBIE (IIUTOKHHETUYECKUE) IIIa3MOJECMBI U
€IMHCTBEHHO BO3MOKHBIK B TaKOM clly4ya€ MOHOIUIEKCHbIM Tun AMII, a BO3HUKHOBEHHE
crocoOHOCTH (HOPMUPOBATH MOCTIMTOKMHETUYECKHE TIJIA3MOJICCMBI, TIPUBEAIICE K MOSBICHUIO
AMII ¢ HECKOJBKUMHU HHHUITUAIISMH, MPOU3O0IILI0 HE3aBUCHMO Y TUIAYHOBUJIHBIX M CEMEHHBIX
pactenuu (Cooke et al., 1996; Imaichi and Hiratsuka, 2007). OnHako, Ha OCHOBaHHUH BBISIBJICHHOTO
Hamu Hanmuust romosioroB T® YABBY B AMII H. selago, u, Takum oOpa3om, y o01ero npeaka
HBIHE J)KUBYIIUX BBICIINX PACTEHUH, C TAKOH JKE€ CTEIICHBIO BEPOSITHOCTH MOKHO IPEIOIOKHTD,
YTO JJI1 OOIIETO MpeaKa BCEX PAaCTEHWW ObUIM XapaKTepHbl cumruiekcHass AMII u BTopuyHbIE
IUIa3MO/IECMBL. BBISIBJIGHHOEC Ha OCHOBAaHWH IPOBEICHHOTO HAMH (DMIIOTEHETHYECKOTO aHAJN3a
BeposiTHOe Hanmuuue romonora YABBY y ofmiero mpeaka BceX BBICIIMX PACTEHUH TaKkKe
MOJIEP’KUBAET 3Ty THIIOTE3Y, B paMKaX KOTOPOH BTOPUYHBIE IJIA3MOIECMBI M CUMIUICKCHBIN THIT
AMII nnayHOB M CEMEHHBIX PACTEHUH, BEPOATHO, TOMOJIOTUYHBI.

BeisiBnennas Hamu ayrmuakaims reHoB KNOX | kimacea y mpenkos Lycopodiales mosxxet
paccMaTpUBaThCSA KaK apryMEHT B IMOJIb3Y TOYKH 3PEHHSI O TOM, YTO MOSIBICHUE CUMILICKCHOW
AMII Lycopodiales/Isoetales Obuto ciiecTBMEM BO3HHUKHOBEHUSI Yy HHX, HE3aBHCHUMO OT
CEMCHHBIX PAacTEHUH, MeXaHu3Ma (OPMHUPOBAHUS BTOPHYHBIX IUIA3MOJECM, YTO OOYCIOBHIIO
spomonuio rpynmsl 6enkoB KNOX | kimacca, cmocoOHBIX K MEKKIETOYHOMY TPAHCIOPTY Yepes
3TOT BHOBb BO3HMKILIUH TUII IJIa3MOJIECM.

B pamkax pa3paboTku BOImpoca 0 BO3MOXHOW HEKJICTOYHOABTOHOMHOCTH OesikoB KNOX |
Kjacca y TUIAYHOBUJIHBIX 3aCiTy’)KMBaeT BHUMAHHS BBISBICHHBIH HaMu (aKT TOrO, 4TO Y

Selaginellales ¢ monomiekcHoH AMIT W HUCKIIIOYMTENLHO MEPBUYHBIMHU ILIa3MOECMaMH ObLiia
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coxpaHeHa perymsaius mocpeactBom T® ARP, torma xak y Lycopodiales takow crmoco0
perynsitu Obl1 yTepsH. Bo3amMoxHo, Tokanu3anus u kaptupoBanue fomeHoB dkcnpeccun KNOX |
w/umn  ARP w/umm YABBY B MoHOmIekcHbIx u cuMmiuiekcHbIXx AMII npencraButenend
Lycopodiophyta MOriio Obl IPOSICHUTh MEXaHU3MbI PETYJISILUH B 3TUX THIIAX MEPHCTEM.

CexBeHMPOBaHME U aHAIN3 TPAHCKPUIITOMA BEPXYyIIEK OOETOB PaBHOCIIOPOBOTO IIayHA
Huperzia selago mnokasanu 3HAYUTEIBHYIO (HIOTCHETHYECCKYIO YAAICHHOCTh IOPSIKOB
Lycopodiales u Selaginellales: mocnenuuii o0muii npeaok oOHapy>keH mpuMepHO 376 MIH JeT
Ha3all, 4eM OOBSCHSICTCS HaJW4Yhe B TPAHCKpUNTOME arekcoB moderoB H. selago Gombiroro
KOJIMYECTBA F€HOB, HE MMEIONINX M3BeCTHBIX romojioros (Evkaikina et al., 2017). Takum o6pazom,
OKCTpaloJISilMs  BBIABICHHBIX Juisi BumoB poxa Selaginella wmexanusmoB  perymsiumu
¢yukmonupoBanuss AMII u 3anokeHHs JHCTHEB Ha BCE IUIAYHOBUJIHBIC IPEICTABISIETCS
HEOCTaTOYHO HajekHOH. [lodydeHHbIe HamMHM JaHHBIC TaKkKe MPOJCMOHCTPUPOBAIH
MEePCIEKTUBHOCTh MPHUBJICYCHUS MAKCUMAJIBHO IIUPOKOTO Kpyra “HEMOJENbHBIX OOBEKTOB W3
pPa3HBIX TAKCOHOB BBICIIMX PACTCHUH Ui TONY4YEHUS OOBEKTUBHOM KapTHUHBI HBOJIOINU
perynsatopHbix Mexanuzmos (Appleby, 2017).

BbIBO/bI

1. AnukanbHas MepucteMa mobera Huperzia selago mo cBoeii KaeTo4HOM OpraHU3auu
OTHOCHUTCSl K CHMIUIEKCHOMY THITy. 3aJIO)KEHHE JIUCTHEB MPOUCXOIHUT B pE3yJbTaTe aHTU- U
NEePUKIIMHATIBHBIX JICJICHHI TOBEPXHOCTHBIX KJIETOK B Mepudeprudeckoii 30He. B cTreHkax kieTok
anMKaJbHOW MeEpHCTeMbl moOera OOHAPYKHMBAIOTCS KaK IIEPBUYHBIC, TaK W BTOPHYHBIC
ia3mMojiecMbl. X oOpa3oBaHWe HE WHIYLUPYETCS HUTOKAUHHMHOM, B OTJIIMYHME OT I[BETKOBBIX
pacTeHuM.

2. B amekcax mobera Huperzia selago skcmpeccupyrotcs asa rexa-romosniora KNOX |
kiacca u Tpu rera-romonora KNOX II kmacca. C momompto rubpuamnzammn PHK-PHK in situ
yCTaHOBJICHO, YTO B CHMIUIGKCHOW amuKajdbHOM Mepucreme mobera Huperzia selago
tpanckpuntel romosioroB KNOX I kmacca HSKNOX1-1 u HsKNOX1-2 nokanusyiorcs B
IEHTpaIbHOW M Tepudepuyeckor 30HaX, a TaKKe B 3adaTKaxX JUCThEB M CIIOpaHTHEB. B
MOHOIUIEKCHOH anukainbHoU Mepucteme modera Selaginella kraussiana tpanckpuntsr SKKNOX1
JIOKAJIM30BaHbI TOJILKO B KJIETKAX AalUKAJIbHOH MEPUCTEMBbI, HO OTCYTCTBYIOT B JIMCTOBBIX
3a4aTKax.

3. BriepBbie /U1 HEeCEMEHHBIX pacTeHUH 0OHapyKeHa dKcmpeccus rena-romosnora YABBY,
YTO YKa3bIBae€T HAa BEPOSTHOC HAIMYME JAHHBIX TPAHCKPUIIIMOHHBIX (PAKTOPOB yke y 0OIIero
npe/ika BCEX Ha3eMHBIX PACTCHUIA.

4. C nomompio rubpuausarmu PHK-PHK in situ ycranosiaeno, uro reax HSYABBY B

amekcax mooera HUperZia SElagO OKCIPECCUPYCTCA B JIMCTOBLIX IPUMOPAUAX, 4 TAKIKC B KIICTKaAX
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aNMKaJIbHOW MEPHUCTEMBI, 32 MCKIIOYCHHUEM TPYNIbI anuKalbHBIX MHUIHanteld. Komokanmsarms
srcnpeccun HSYABBY, HSKNOX1-1 u HSKNOX1-2 y Huperzia selago yka3siBaeT Ha OTCYTCTBUE
AQHTArOHUCTHYECKUX B3aUMOJICHCTBUM 3THX F€HOB.

5. buounH(popmaTHUECKHii aHAIM3 TpaHCKpUITOMa arekcoB mobdera Huperzia selago, a
takke ammumdukamus ¢ reHomMHoM JIHK ¢ momomibio BBIpOXKACHHBIX MIPAMEPOB H
UMMYHOOJIOTTHHT CO CENN(UUECKIMHU aHTHTEIAMH, HE BBISIBIIIH SKCIIPECCUIO TEHOB-TOMOJIOTOB
ARP B anukansHOU MepucteMe nooera Huperzia selago.

6. Dxcmpeccus B aMKAIBHOW MEpUCTeMe No0eTa IIayHOBHIHBIX JIMIIb OHOTO TOMOJIOTa
u3 aByx rpymi reHoB-antaronuctoB KNOX mokpeitocemennnix: YABBY y Huperzia selago u ARP
y Selaginella kraussiana, ykaspiBaeT Ha TO, YTO, BO3MOXKHO, Ul PETYJISIUN OOpa3OBaHUS HE
o0TaaromuX aHATOMUYECKOM JOPCOBEHTPAIBHOCTHIO MHUKPOQMIIBHBIX JHCTHEB JTOCTaTOYHO

JIMIIG OAHOTO TpaHCKpUNIHOHHOTO QakTopa: ARP 6o YABBY.
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