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OBILIAA XAPAKTEPUCTUKA PABOTbBI

AKTYAJILHOCTh __ NpPo0JeMbl.  MUKpOTpyOOUKOBBIH ~ LIUTOCKENET  HUIPaeT
UCKJIIOUUTEIBHO BAXKHYIO POJb B TaKOM (PYHJaMEHTAJIbHOM OHOJOIMYECKOM Ipolecce
KaK KJIETOYHOE JejieHHe. B kieTkax pacTeHWH LMTOCKENET MPEICTABIICH Pa3JIMYHBIMU
cucreMaMu MUKpoTpyoouek (MT), moouepeqHo CMEHSIOUMMH JpYyr Opyra B XOje
KJIETOYHOro feneHus. K TakuM cucTteMaM OTHOCATCS KOPTUKAaJIbHBIE W paJuajbHbIE
nyuku, npenpodasnHoe xonbio (III1K), Bepereno m ¢parmoruact (Mineyuki, 2007).
CTpyKTypa 3TUX OCHOBHBIX KOH(UTrypanuii IUTOCKEJIETa U3yueHa JOCTaTOYHO XOPOIIO,
OJTHAKO HUX MPOUCXOKJIEHUE, MEXaHU3Mbl 00pa30BaHUs M CIOCOOBI MEpexoja U3 OJHOU
KOH(UTypaluu B JAPYTyl0 BCE €II€ HE BIIOJHE TMOHATHBI W OCTAIOTCS MPEIMETOM
miuckyccuit (Murata, Hasebe, 2007).

JIlnHamMuka  OHATOCKENeTa B XOI€  JICJICHUS  OYKAPUOTHYECKOW  KIIETKHU
OCYIIECTBIIIETCA LEHTpaMHu opraHuzauuu  Mukporpyobouek (LHOMT), ocoObimu
MOP(}OTOTHIECKUMHU CTPYKTYpaMHU, KOTOPBIE CIy>KaT 3aTpaBKaMU IS MOJIUMEpHU3alun
MT. B «kuerkax kuBOTHbIX [IOMT CKOHUEHTpHUpPOBaHBI B  IEHTPOCOMAX,
CTHEIMATN3UPOBAHHBIX MOP(OJOTHUECKUX CTPYKTYPax, PpEryIHpyIIINX TUHAMHKY
MHUKpPOTPYOOUEK Ha CyOKJIETOYHOM YPOBHE, YTO MO3BOJIAET JOBOJBHO JIETKO HAOIIOAAThH
MEPECTPOMKHU IUTOCKENeTa B Xoje kieroyHoro mukia (Mamon, 2008). B kierkax
BBICIIMX  IIBETKOBBIX  PACTEHHMH  I[IEHTpOcOMa HE  HJEHTU(UIHUpPOBaHA  Kak
camocrosiTenbHas Mopdornoruueckas cTpyktypa, a LHOMT ckOHLEHTpUpOBaHbI Ha
MOBEPXHOCTHU SIIEPHOM OOOJIOUKH, YTO B 3HAUUTEIBbHON CTENEHM 3aTPyIHSET M3YydeHUe
JMHAMUKHA LUTOCKEJNEeTa Ha TeX CTaJusIX KIJIETOYHOTO IMKJa, TAe sjaepHas o0oJiouka
orcyrcTByeT. HecMoTpss Ha 3HAaYMTENbHBIA (DAaKTUUECKHI MaTepual, HAKOIJICHHBIA K
HACTOSIIIIEMY BpPEMEHHM IO JUHAMUKE MHUKPOTPYOOUKOBOTO IIMTOCKEJIETa B XOJe
KJIETOYHOT'O IMKJIa PAaCTEHUM, OCTAIOTCS 3HAYUTENbHbIE MPOOENbl B MOHUMAHUM 3TOTO
mporiecca Ha BceX ypoBHsX ero opranusanuu (Chan, Cande, 1998; Smirnova, Bajer,
1998; Shamina, 2005; Murata, Hasebe 2007). B u4acTHOCTH, 3TO OTHOCHTCS K
MOHUMAHUIO CTPYKTYPHO-MOP(OJOTHYECKUX OCHOB PEOpPraHU3allMd ILUTOCKEJEeTa,
M3y4EHHE KOTOPBIX OCJIOKHSETCS €ro JACMOJMMEPHU3aLHEe Ha HEKOTOPBIX MEPEXOIHBIX
JTamax LUKIIA, 9YTO B OOJBIIMHCTBE CIIy4aeB HE TMO3BOJISAET MPEACTaBUTh TUHAMHUKY MT
CUCTEM B BHJE HENPEPBIBHOIO Ipouecca. B pesynbrate 3TOr0 MEXaHHU3MBI,
PETYIUPYIOIIUE IEPECTPOUKH LIUTOCKEIETA B XO1€ KIECTOYHOIO IIUKJIA PACTEHUH, A0 CUX
IIOp HE BIIOJHE IOHATHBI, & UX HM3YYEHHUE OCTACTCA BAXKHEHWILIEW 3aJayeld KIIETOYHOU
Oouonornu. OAHUM M3 MOIXOAOB K PEIICHUIO 3TOW 3aJayd SBISETCS aHAIN3 BO3MOKHO
00JIbIIIET0 KOJUYECTBA PA3HOOOPA3HBIX aHOMAJIUI IIMTOCKEIETHOTO LIUKJIA U BBISIBJICHHE
JEeTaIbHON KapTHUHBI MOP(OJOrnYecKux NpeoOpa3oBaHUN LIUTOCKEIETA, MPOUCXOASIINX
BO BpeMs JICJIEHUS PACTUTEIILHOM KIIETKHU.

B Hacrosmee BpeMs i penieHus LEJI0ro psiaa 3a7ad, CBSA3AHHBIX C U3YYEHUEM
IIPOLIECCOB  KJIETOYHOIO JEJIEHHs,, B TOM 4YHUCI€ M JUIsl HCCICJOBAaHMS LMKIA
peopraHu3anuu MUKpOTPYOOUKOBOTO IIUTOCKENIETa, AaKTUBHO HUCIIONIB3YIOT MEHOTUYECKOE
nenenue B MarepuHckux kieTtkax nbuiblibl (MKII). Mcnonb3oBanue TpaHCrE€HHBIX
pacTeHU B Ka4e€CTBE UCTOYHUKA aHOMAJIMI Mei03a U MOAENH JUIsl U3yYEHHUSI MIPOLIECCOB
KJICTOYHOI'O [JEJICHUs, Ha HAll B3IUIAJ, MUMEET psAl NPEUMYIIECTB, IO CPABHEHUIO C
TPaJIULIMOHHBIMM HMCTOYHHKAMHU, TaKMMU KakK oOTHajeHHas TulOpuauzanusi, aHey- Hu
MTOJIMIUIONNS, TalUIONINsl, MEMOTHYECKNE MyTallid. DTO CBSI3aHO C BO3HUKHOBEHUEM Y
HUX  MYTallMOHHOW  M3MEHYMBOCTH  PA3IUYHOM  MPUPOABl  (MHCEPIMOHHOM |




COMAKJIOHAJIbHOM), a TaK)K€ C MOTEHLUAJIBbHON BO3MOKHOCTBIO TIOUCKA M KIOHUPOBAHUS
myTtaHTHBIX reHoB (Latham et al., 2006).

Heabr ¥ 3agaum wuccjaenoBanus. llenpro HacrosAmero ucciaeaoBaHUs SBISCTCA
M3y4YeHHE IHKIa MHKpoTpyOoukoBoro unurockeirera B MKII Tabaka mocpenctBom
CPaBHUTEJIBHOIO aHAJIM3a JTalOB €ro peopraHu3aldd B XOJAE HOPMAJIBHOIO U
aHOMAaJIbHOI'O MEH03a.

3ajaun UCCIIETIOBAHMUS:

1. U3yunTh CTPYKTYPHYIO OpTraHHW3alMi0 ¥ JUHAMHKY MHKPOTPYOOUKOBOTO
IIUTOCKEJIeTa B X0/1¢ HopMaibHOro Meio3a B MKII pactenmii Tabaka.

2. BeisBuTh MexaHu3M (HOpPMHPOBAHUS W PEOPraHU3ANNH CHCTEM MHUKPOTPYOOUEK,
(YHKIIMOHUPYIONIMX B MPOLIECCe TOCTPOCHHUSI BEpeTeHa JeTICHUSI.

3. [IpoBecT MHUTONOTHYECKUH CKPUHUHT aHOMAQJIWA  MHKPOCIIOPOTCHE3a Y
TPAHCTEHHBIX PACTEHUI TabaKa C MyTaHTHBIM (DEHOTUIIOM.

4. YcTaHOBUTH (eHOMEHOJIOrHYECKYIO CBSI3b BBISIBJICHHBIX aHoOMaJni
MEHOTHYECKOTO JIEIICHUSI ¢ MUKPOTPYOOUKOBBIM ITHKJIOM.

HayuyHasi HOBHM3HA M NpakTH4yecKasi IEHHOCTb _ padoThl. JleTanbHbIi
UTOJIOTMYECKAN aHaNN3 TPAHCTEHHBIX PAaCTEeHHH Tabaka C MYTaHTHBIM (EHOTHUIIOM
MO3BOJIMJI BBISIBUTH CJIOKHBIN KOMIUIEKC HapyHIEHUH MEHOTHYECKOro AEJICHUs, TaKhX
KaK LUTOMHUKCHUC, BHEIUIAHOBAas AaKTWUBAIMs LMTOKMHE3a IOCIE IEPBOrO JEICHUS,
oOpa3oBanue eopMUpPOBaHHBIX sifiep B ipodase 2, U3MEHEHHEe OPUEHTAIIMN BEpeTeH B
MeTtadaze BTOPOro JeieHus Meno3a. MeromoM HMMYHO(IHOOPECLUEHTHOTO aHajau3a
NeTalbHO  WCCJIENOBAaH  HOPMAaJbHBIK WM AaHOMAaJbHBIH  LUKI  JUHAMHKHU
MUKpoTpyOoukoBoro uurtockenera B MKII pactenuit Tabaka. ukn mnuTockenera
NPEACTaBICH B BUJAE  HENPEPBIBHOIO  IIpollecca  PEOpPraHu3alyvu  OJHOU
MUKpPOTPYOOUKOBOW CHUCTEMBI B JAPYTYIO. YCTaHOBIIEHO, YTO HapyIICHHE IPOIIECCOB
LUTOCKEJIETHOIO LMKJA, TaKUX KaK COEAUHEHHME M pa3MblkaHue (+)-KOHIIOB
MUKpOTpYOOUeK Ha cTafuu (HOpPMUPOBAHUS U Pa30OPKU HEMOABUKHOIO (parmMoruiacta,
MPUBOANT K N3MEHEHHIO TIOJI0KEHUS TeN0(ha3HbIX SAep U, B JaIbHEHIIEM, K HApPYIICHUIO
Mo3uIMi BepeTeH BToporo neneHus. I[lokazaHo, uto mns (QopmMupoBaHUsI BeEpeTeHa
NeJIEHUs. HEOOXOAMMBIM SBJIAETCA 3Tall 3JOHrallMd MHUKPOTPYOOUYKOBBIX ITYYKOB Ha
CTaJMM IIepexoJa OT IEpUHYKJICAPHOM CHUCTEMbl K BEpETeHy JAcieHud. JleTanbHbli
CTPYKTYpPHO-MOP(OJOrHYecKuil aHanu3 mnpoda3sHOW peopraHU3aldUd LUTOCKEIETHBIX
CTPYKTYp B XOJie HOPMAILHOTO ¥ aHOMAJILHOTO Meii03a MO3BOJIMIT ITPEIOKUTE «Ooutside-
in» (Mo HampaBJICHHIO K XpOMOCOMaM) Mojeiab (GopMmupoBanus (HUOPUIT BepeTeHa
nenenns B MKII Tabaka. OTo NpOTUBOPEUUT CYHIECTBYIOIIEMY HAa CErOJHSALIHUI JE€Hb
MIPEICTABICHUIO O TOM, YTO (pUOPHILTBI BepeTeHa JeeHus] B MeHouuTax GOpMUPYIOTCS
oCpesIcTBOM  «inside-outy (o HampaBICHHIO OT XPOMOCOM) MEXaHu3Ma. Brepsbie
UCCleloBaHa CTPYKTypa W JIMHaMHUKa MHKPOTPYOOYKOBOTO  IIMTOCKENETa B
UUTOMUKTUYHBIX KJIETKaX. YCTAHOBJEHO, YTO MHUKPOTPYOOUKOBBIM ITUTOCKENET HE
WUTPACT BUIAUMOU POJIM B IIPOLIECCE MEXKKIETOYHOI'O IIEPEMELICHU IAEPHOI0 MaTepuaa.
HccnenoBaH MexXaHU3M MPEXAEBPEMEHHOTO LMTOKMHE3a B  acHEKTe JAUHAMUKHU
MHUKPOTPYOOUYKOBOTO IUTOCKeNeTa. [loka3aHo, yTo MpUYMHON pa3o0UIeHusT BPEMEHHOM
KOOPIMHAIIMM MEXKJy Kapuo- U LUTOKMHE30M SBISETCA HE aHOMalbHas IWHAMMKA
LUTOCKEJIETHBIX CTPYKTYpP, a «BHEIUJIAHOBAs» aKTHUBAIMS CUTHAJA, 00YCIaBIMBAIOLIETO
3aImycK Ipotecca 00pa3oBaHus MJIa3MaTUYECKONH MEMOpaHBI.

[IpakTuyeckas IIEHHOCTh JAHHOM pabOThl 3aKIOYaeTcsi B CO3JaHUU CXEMBI,
OTpaXkaroliel oO0IIue MPUHIUIBI PEOPraHU3alMd MUKPOTPYOOUYKOBOTO IIMTOCKEIETA,




XapakTepHbIe Uil MEH03a JBYIOJIBHBIX pacTeHHil. BriepBble NPEIIOKEH MEXaHU3M
B3aMMHOW OpPHEHTAIlMM BEPETEH BTOPOIO JEJIEHUS MEi03a, B OCHOBE KOTOPOIrO JIEKUT
MOBOPOT siiep B npodasze 2 u AuHaMuKa (+)-KOHII0OB MUKPOTPYOOUEK Ha 3Tare nepexoja
OT paJualibHON cucTeMbl B Tenodase 1 k mepuHykieapHou B npodasze 2. [lomyueHHbie
TpaHCTEHHBIE pPACTeHHUs] Ta0aka C aHOMAJIbHBIM MEHO030M TMPEACTABISAIOT OOJBIION
MHTEpPEC B KAueCTBE MOJEIM Jis JalbHEHIIEro M3Y4eHUs CTPYKTYpbl M JIUHAMHUKU
akTuHOBOTO 1utockenera B MKII.

OCHOBHbBIE _T10JI0:KE€HHMSl __1MCCEPTALMHU, BbIHOCHMBIe Ha 3ammry. [{uxn
nutockenera B MKII Tabaka ocyliecTBiseTCs MOCPEJICTBOM PEOPraHU3alluU JABYX
CHUCTEMHBIX CTPYKTYP — paauajibHOTO MHTEP(HA3HOTO IUTOCKENETa U BepeTeHa JEICHUSI.
@parMoIIacT Kak OTAeNbHasl IIUTOCKEJETHAsl CTPYKTypa He cTpouTcsi. PopMHUpOBaHUE
¢ulOpwi1  BepeTeHa MPOUCXOJUT OT KOPOTKUX IMYYKOB JIC3UHTETPUPOBAHHOTO
nepuHyKIeapHoro konbila MT mo HampaBIEHHIO K XpOMOCOMaM MOCPEACTBOM «outside-
in» mexanusMma. [loBopoT simep B mpodasze 2 ABISIETCS YaCThIO MEXaHHW3Ma OPUCHTAIIMHU
BEPETEH BTOPOTO JICJICHHUS.

Anpo6anusi pa6oTbl. Matepuasnbl IUCCEPTALMOHHON padOThl ObUTH MPEACTABICHBI
Ha CIEAYIOMUX KOH(MEPEHIUAX, CHUMIIO3UyMaxX H KOHTpeccax: MEXIyHapOIHOM
cuMrosuyme  «MoJIeKyJIsipHblE ~ MEXaHU3Mbl ~ IE€HETUYECKHMX  IPOLECcCOB U
ounorexnosorus», Mocksa (18-21 HOs6ps) — Munck (22-24 HosiOps1) 2001 1. (moxman
yIIOCTOGH BTOpoil mnpemun); 1-M MexayHaponHoM KoHrpecce «buorexHomorus-
COCTOSSHUE M  TMEpPCHEeKTUBbI pa3BuTHs», MockBa, 14-18 okta0ps 2002 1.
MEXIYHAPOJHOM CHMIIO3MyMe Mo npobiemam meiosza, Cankrt-IletepOypr, 17 okTsa0ps
2003 r.; -it mexnynapoaHoii koHpepeHnuuu «lIpobGrema BUAa U BUI000pa30BAHUS,
Tomck, 20-22 oxTsa6ps 2004 r.; MEXIyHApOAHONW HAy4yHOW KOH(DEpeHIHUU
«MonekymnspHasi TeHETHKa, TCHOMUKA U OMOTEeXHOIOTUs», MuHCK, 24-26 HOs6pst 2004 1.;
MOJIO/IC)KHOHM IIIKOJIE-KOH(PEPEHIIMK 0 aKTyaJbHBIM IMPOOJIeMaM XUMHUU M OWOJIOTHH,
BrnaguBoctok, 16-23 centsa6ps 2005 r.; VII-Mm cwe3ae VYkpaumHCKOro oOIIecTBa
T€HETUKOB U cenekunoHepoB uMm. H.M. BaBunoa, Anymira, 24-28 centsaops 2007 .
Martepuansl JUCCEPTAlMOHHONW pabOThl MPEACTABISIUCE B YCTHBIX JOKJIaJax Ha
otueTHbIX ceccusx UIul" CO PAH B8 2001, 2004, 2008 rr.

Hy6auxanuu. ITo reme padotsl onydnukoBaHo 10 HaydHbIX pa®oT, U3 HUX 1 cTaThs
— B PEIEH3UPYEMOM 3apyOeXKHOM JKypHajae, U 7 cTared — B PEIEH3UPYEMBbIX
OTEYECTBEHHBIX HAyYHBIX )KypHanax u3 nepeuns BAK.

CTpykTypa W 00beM padorbl. Jluccepramus COAEPKUT CIEAYIOIIHUE pPa3aeibl:
BBeJICHHE, 0030p JHTEpaTyphl, MaTepualbl U METOJNbI, PE3yIbTaThl U OOCYXKICHHUE,
3aKJII0YEHHE, BBIBOJBI M CIHCOK JuTepaTyphl. PaGora m3noxena na 137 crpanunax,
conepkut 21 pucyHok, 7 Tabmui. CiCOK JTUTEpaTyphl BKItodaeT 219 MCTOYHUKOB.

MATEPHAJI U METO/Ibl UCCJEIOBAHUI

Marepuanom A HMCCIEAOBAHMM TOCITYKWUJIM TPAHCTEHHbIE pacTeHHus Tabaka
Nicotiana tabacum L. (Res79; Res6l; Res73; 16.70; 121.57; 121.86; 121.92) ¢
MYTAHTHBIM (PEHOTUIIOM, XapaKTEPU30BABLUIMMCS H3MEHEHHBIM CTPOCHHMEM I[BETKa U
MOHIKCHHBIM  YPOBHEM (PEPTUILHOCTH TBUIBIEI. PacTeHuss ObUM TONMYYeHBI B
naboparopun rereposuca pacteHuit Mucruryra nuronoruu u renetuku CO PAH 1.6.1.
Heiineko E.B. u k.0.H. MapenkoBoit T.B. nHa ocHoBe mmuHuu SR1 u sBIsAIUCH
CIIOHTAHHBIMU TOJIMIUIONAMU C YABOCHHBIM 4HCIOM XpomocoM (4n=96). B kauectBe



KOHTPOJISI TIPH CPAaBHUTEIBHOM aHAIIM3€ TPAHCTEHHBIX pacTeHUil Tabaka ¢ M3MEHEHHOU
Mopdororuelt BeTKa UCIOIB30BAIM pacTeHus Tabaka nucxonuou auauu SR1 (KOHTpOIb
1), monmydYeHHBIE HAa €€ OCHOBE pPaCTCHHS-pEreHepaHThl Ry (KOHTpOJb 2), pacTeHUs-
TpanchopMaHnTel Ty C HEM3MEHEHHOM CTPYKTYpOl IBEeTKAa (KOHTPOJb 3), a Takxke
TIOJTUTIONTHBIC PACTEHUS C YAIBOCHHBIM YHCIOM XPOMOCOM (KOHTPOIIb 4).

Tpancdopmanmio pacTeHHI TPOBOJMIN METOJIOM arpo0akTepuaIbHOTO MEPEHOCA 110
obmenpunaromy mpotokony (Horsch et al., 1985) ¢ wucnomb3oBaHueM 1mITamMma
A.tumefaciens C58CI1RifR (PGV2260) (Deblaere et al., 1987). Iyus tpanchopmaryu
Tabaka UCIIOJIb30BAIU pa3In4HbIe THUTIBI TeHETUYECKHUX KOHCTPYKIIHH,
CKOHCTPYMpPOBaHHbIE B ceKTope renHoil nHkeHepuu pactenuit Ullul" CO PAH k.0.H.
A.B. KoueroBeimM, M.B. ITumtorunsiM, B.B. Jlykamesoit (1991-1995 rr.). PerenepanTtsl
pactenuii Tabaka (Rg) monmywanu mo crangaptaoit metoauke (Horsch et al., 1985) u3
JIMCTOBBIX SKCIUIAHTOB JIMHUM SR1.

JIns CBETOBOM MHKpPOCKONUM mpuMeHsuin  (ukcaiupio mo Hapammuay (Wada,
Kusunoki, 1964) u mno Kapuya (ITaymesa, 1980) ¢ okpammBaHHeM mpenapaToB
aneTokapMUHOM. [l  MMMYHOOKpallMBaHUSi MHUKpPOTPYOOUeK IIUTOCKeNneTa |
BU3YyaJIM3allMA XPOMOCOM B MeHO03€ MaTepuan (UKCHPOBAIH MapadopMasIbIeTHIOM H
MHKYOHPOBAIM C aHTHTEIaMH K o-TyOyiauHy (monoclonal anti-a-tubulin, clone B-5-1-2,
SIGMA, product number T5168). B kadecTBe BTOPHUYHBIX AHTHUTEN HCIOJIb30BAIN
OpOTHBOMBIIIKHEIE aHTHTeda, MedeHHeie FITC (anti-mouse IgG FITC conjugate,
SIGMA, product number F0257). SInpa u xpomocomsl okparmBain DAPI.

PE3YJIBTATBI U OBCYXJIEHUE

1. O0mas cxemMa HMTOCKEJETHOI0 LHMKJIA B HOPMAJIbHOM Meiio3e pacTeHui
Tabdaka.

B pacturenbHbIX KJIeTKax B X0J1€ KJIETOYHOTO LUKJIA IPOUCXOAUT MOCIEI0BATEIbHAS
CMEHA HECKOJBbKHX CHUCTEMHBIX CTPYKTYp ULHTOCKENETa, K KOTOPBIM OTHOCSATCS
koptukanbHble cnupanu, [IIIK, BepereHo nenenus, paauanbHble nyduku MT wu
¢dparmoriact. Marepunckue kiaeTku mbLIbIbl (MKII) oTiMyaroTcss OT COMAaTHYECKUX
KJIETOK 0CO00# TUHAMUKONW MUKPOTPYyOOUKOBOrO IuTockenera. KopTukansHele crivpaiu
u IIIIK B [gaHHOM THIE KIETOK OTCYTCTBYIOT, W UHKJ IUTOCKEJNEeTa JIOJKEH
ONPEACIATHCS 3aKOHOMEPHOM CMEHOM TpeX OCTaBIIMXCS CHUCTEMHBIX CTPYKTYp:
pamuanbHBIX TyYKOB MUKpOTpyOouek (MT), BepeTeHa aeseHus u (parMoruiacTa.

Cornmacao HamuMm HaOmonenusm, B MKII TtabGaka mepexom UHUTOCKEIETa OT
paauanbHOil uHTepda3HOW KOH(Urypallud K BEpeTeHy JejeHuss B MeTadasze
OCYIIECTBJIIETCA IOCPEICTBOM (OPMHPOBAHUS MPOMEKYTOUHOM KOoH(purypauum MT
¢ubpunn — mpodaznoro mnepunykieapHoro koiblia (Illamuna, Cumopuyk, 2006).
dopMupyeTca 3Ta CTPYKTypa OJUHAKOBO KAaK B MEPBOM, TAK U BO BTOPOM JAEIECHUSIX
Melo3a B pe3ylibTaTe peopraHu3anuu paguanbHbix mydkoB MT (puc. 1 a, u) B TeueHue
npodassl. Ilponecc peopraHuzanuu MPOUCXOIUT B HECKOIBKO STANoB, BKIIOYAIOIIUX
PEOPUEHTALIMIO TMYYKOB W3 PAJAHAIbHOTO TOJIOXKEHUSI B TAHTCHIMAIbHOE, UX
MPUOMIDKEHUE K TIOBEPXHOCTH siAepHOUW oOomouku (puc. 1 0, k), m3rubaHue wu
HWHTETpalyi0 B MepuHyKIeapHoe Koiblo (puc. 1 B, a). OTinune MeXAy MEpPBBIM H
BTOPBIM JIEJICHUEM COCTOUT TOJILKO B TOM, YTO BO BTOPOM JelieHUU Meio3a mnpodaza
HAaYMHAETCs C JeNoJMMEpHU3allii HHTEp30HaIbHOU paanaibHoi cuctemsl MT (puc. 1 un).



Puc. 1. llukn peopranu3anuu nHuTOCKejdeTa B MeiloTnueckoMm aejeHun B MKII
pacreHnii Tabaka B HopMe. lIMMyHOOKpammBaHue Ha O-TyOyJMH. YBeJIWYEHHE:
10x100.

a-3 — [IepBOE JIEJICHUE; U-P — BTOPOE JICJICHHE.

a, 1 — cuctembl paguanbHbeix MT ¢ubpumn B npodaze; 6, k — npubnmxenue MT
My4KOB K TIOBEPXHOCTU SJEPHOM 0O0O0JOYKH U (OPMHUPOBAHHME TEPUHYKIICAPHOM
CHUCTEMBbl ILIUTOCKEJNeTa; B, 1 — (OopMUpOBaHHE mNepuHykieapHoro koibiia MT B
no3aHeil mpodase; r, M — xaoTtuyeckas (urypa B cpenHei mnpomertadasze; 1o, H —
napajuieibHasl KOOpHEeHTanuss W KoHBepreHuus MT Ha mnomocax B TO3IHEH
npomeradase; e, 0 — Mmetada3zHOe BEpeTeHO AeNIeHUs; K, I — noiitocHbie MT B panHei
Tenodaze; 3 — pa3BUTas HWHTEP3OHAIbHAS LUTOCKENETHAs CHCTEMa Ha CTaJHud
WHTEPKUHE3a; p — €IuHas TeTpadJpuueckas cucrema paauanbHbix MT dbubpumn B
tenodaze 2. Ob6o3HaueHus: 3€NCHBIA BT — IUTOCKENIET; CUHUN IIBET — XpPOMAaTHUH B
COCTaBe s7pa, XpOMOCOMBI.

OulpusuIbl BepeTeHa B 000UX JIETICHHUIX Meio3a HOpMUPYIOTCS U3 KOPOTKHUX ITYYKOB
MT, obpasyromuxcsi B pe3ylibTaTe pacmaja IEepHUHYKJIEapHOTrOo KOiblla B paHHEH
npomeradasze. B cpemneit mpomeradasze mpoucxoaut coeamHeHue (+)-koHmoB MT ¢
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KHHETOXOPAMH XPOMOCOM M JpYyr C JpyroMm, (opMHUpPYIOTCS KHHETOXOpPHBIE H
HEeHTpalbHble (GUOpWIUIBI BepeTeHa. Ha 3ToM cTaauM UMTOCKENET MpelCcTaBlieH
xaotuyeckoil cuctemoi Oumnonsipubix MT ¢ubpumn. (puc.l r, M). B mno3nuei
npoMeradaze ounossipubie GUOPUILIBI KOOPUEHTUPYIOTCS MapaJIeIbHO, KOHBEPTUPYIOT
Ha nonrocax (puc.l 1, H) U peopranu3yroTcs B MeTadazHoe BepeTeHo aeneHus (puc.le,o).

AnanoruvHas kaptuHa (QOpMHpOBAaHUS BEpeTeHA JelieHuss Obuta TmoKa3aHa ISt
OJHOMOJIbHBIX pacTeHui u g kaprodens (Lllamuna, 2003; Conicella et al., 2003;
Shamina et al., 2005). DTto mO3BONSET CYAWTh O KOHCEPBATHBHOCTH MEXaHU3MOB
noctpoenus BepereHa aenenus B MKII y pactenuii u o Tom, 4To Takas MpOMEKyTOUHAs
LUTOCKENETHAas CTPYKTYypa, Kak MnepuHykieapHoe kosublio MT, urpaer B 3ToM mpouecce
BeCbMa 3HAUUMYIO pOJib. YuuThiBass nuHaMuky MT mydkoB Ha paHHUX JTamax ee
(dbopMUpOBaHUS U TO, YTO BEPETEHO JeieHusl cTpouTcs u3 MT mydkoB mpenbiayiiei
LUTOCKEJIETHOM CHUCTEMbI, MOXHO I0JIaraTh, YTO MEPUHYKIIEAPHOE KOJBLIO BBIIOIHSIET
¢byHkuuu npodazHoro BepereHa comatuueckux kietok (Chan et al., 2005). Oto, B cBOIO
ouepenb, CBUICTEILCTBYET B TMONb3y «outside-in» (K XpomMocoMaM) MeXaHH3Ma
dhopmupoBanus Beperena nenenus B MKII. Tem He MeHee, CYIIECTBYIOIINE B HACTOS NI
MOMEHT B HAydyHOW JUTEepaType MdaHHbIE HE ONPENeNAIOT TOYHOH (YHKIHA
NEPUHYKJICAPHOTO KOJbI[Aa B MEMOTHYECKOM JeleHHH. OTOT ¢akT, Hapsay cC
CYLIECTBOBAHUEM aJbTEPHATUBHOI'O MEXAaHU3Ma MOCTPOEHUSI BEPETEHA B PACTUTEIbHBIX
KJIETKaX, TO3BOJIIET OTHECTH €ro K CHUCTEMHBIM CTPYKTypaM IIMTOCKEJIeTa JIHUIIb
YCJIOBHO.

[Tocne menonuMepusanuyu KHHETOXOPHBIX Iy4KOB MT M pacXoxkaeHHus XpOMOCOM B
aHaasze BepeTeHO JENIeHMs MPEJCTaBIsAeT COOOM CUCTEMY MHTEP30HAIBHBIX (PpuOpU,
KOTOpBIE COEJIMHSAIOT PACIIONIOKEHHBIE HA MOJIOCaxX rpymnIbl xpomocoM. lonumepusanus
HOBBIX paauaibHbIX MT my4koB HauMHaeTcsl B paHHEH Tenodasze oT MOJICOB BepeTeHa
(puc. 1 x, m). B cpeaneld u mo3gHeH Tenodase ITOT MPOIECC MPOUCXOIAMT YIKE OT
MOBEPXHOCTH BOCCTAHOBJIEHHBIX SACPHBIX 000JI0YEK M MPOJOIDKAETCS A0 TeX Mop, MoKa
BeCh 00bEM LUTOIUIA3Mbl He OyzaeT 3amosnHeH (puc. 1 3, p). BoccTaHoBieHue macchl
panuanbHOTO IIUTOCKENIETa IPOUCXOIUT abCOMIIOTHO €IUHOO0Pa3HO B MEPBOM M BTOPOM
neneHusx Menosa. Paznuuume cocrout numb B ToM, 4to B MKII Tabaka nocie nepBoro
JICJICHHUS] ME03a LIMTOKUHE3 HE MPOUCXOANUT. B MHTEpKUHE3E sA1pa pa3AeiaeHbl MOUHON
CHUCTEMOM HHTEP30HAIBHBIX paguaibHbiX GuOpwL1 (puc. 1 3), Mo cBoel CTPYKType
SIBJISTFOIIMXCSL TIOJHOLIEHHBIM (pparmMoriacToM, B KOTOPOM OJIOKMPOBAHO IOCTPOSHUE
kierouHoi iacTuHkH (Conicella et al., 2003; Jloporosa, [llamuna, 2005). Ilutokunes B
MKII Tabaka ocCymecTBIS€TCS OJHOKPATHO MO 3aBEPLICHUIO BTOPOTO JEJEHUs Meio3a,
KOI/Ia Y)K€ BCE YeThIpe ITOUEpHHUX sjipa OOBEAMHEHBI APYr C JIPYroM CHCTEMOM
paguanbHBIX TydykoB B ¢opme Terpasapa (puc. 1 p). B ornuuume OT OJHOAOIBHBIX
pacTeHHii, B ILUTOKMHE3e KOTOpeix cucreMa MT (Qparmormnacta coBepiiaer
LHEHTPOOeXKHOE  JIBJKEHHE,  (parMomjacT  JBYAOJbHBIX  pAacTeHH  sIBIseTCS
HETIOJBU)KHBIM.

Takum o0pa3om, MpoIecChl peopraHU3alUUd IUTOCKENIeTa B 000MX MEHOTHYECKUX
JICJICHUSIX pAcTeHU Tabaka WACHTUYHBI W TMPEACTaBISAIOT COOOM CMEHy B XOe
KJIETOYHOTO JIeJICHUS JIByX OCHOBHBIX CHCTEMHBIX CTPYKTYp — paauanbHOro
uHTep(ha3HOTO IMTOCKENEeTa MW BepeTeHa naeieHus. Pparmoract Kak CrenuanbHas
CaMOCTOSITENIbHAS IIUTOCKENETHAs CTPYKTypa He CTpouTcs. i ero ocyIecTBICHUS
YTHIU3UPYETCsl cucreMa pagdanbHbix MT  mydkoB  (paauanbHBI  IIUTOCKEINET),
chopMmupoBaHHas B Tesnodase 2.



2. JlnuHaMuKa MHUKPOTPYOOUYKOBOr0 IHUTOCKEJIeTa B MATEPHHCKHX KJIETKAaX
NbUIbIbI TPAHCT€HHBIX PACTEHU Ta0aKa NMPHU Pa3IMYHbIX AHOMAJIMSAX Mei03a.

CoryiacHO IUTOJIOTMYECKOMY AHAIM3y HW3YyYCHHBIE HAMHM TPAHCT€HHBIE PACTEHUS C
MYTQHTHBIM  (DEHOTUIIOM  XapaKTEepU30BAJIUCH  PSIJOM  AHOMAIMH,  KOTOpBIE
OOHapyXHBAJIUCh B XOJI¢ 000MX MeHoTHUeCKuX neneHuid. K yuciay Takux aHomanuii B
IIEPBOM JEJICHUU MEH03a OTHOCUJIMCh MAaCCOBBIM IUTOMUKCUC Y BHEIUIAHOBAs AaKTUBALUS
HUMTOKMHE3a. Bo BTOpoM jeneHun Mmeiioza Habmoaanuck aegopmaius npodasHbix saep,
HapymeHue (GOpMUPOBAHUS BEPETEH ACNEHUS M MX HEMpaBHIIbHAs MPOCTPAHCTBEHHAS
opueHTalys B o0meM oobeme 1uToria3Mbl. [1og00HBIM CHEKTp aHOMAH MO3BOJIUI
MPENINONIOKUTh, YTO B OCHOBE HX MPOSBIECHUS JIEKAT CTPYKTYPHO-MOP(OIOrHYECKUE
HapymeHuss MT nurockernera.

2.1. IIuTOMUKCHC B MATEPHUHCKHUX KJIETKAX NbLIbIBI. [[UTOMUKCHC WM MUTpaLius
AJIEPHOT0 MaTepuana M3 OAHOr0 MeHouuTa B APYroil Mo HUTOMHUKTHYECKUM KaHallaM
HaOmI0Janack BO BceX wHccienoBaHHbIX rpymmax pacteHuit. B MKII TpancreHHbIx
pacTeHuil ¢ MyTaHTHBIM (PEHOTHUIIOM YacTOTa IUTOMHKcUca cocTaBuia 23,3+5,3%, a B
MKII HeTpaHCTE€HHBIX pacTeHHI Tabaka ¢ YABOCHHBIM YHMCIOM XPOMOCOM (KOHTpPOJb 4)
— 18,0+0,7%. MakcumanbHOrO MPOSBJICHUS JaHHAs aHOMAaJMsl JOCTUTrajga B CpeIHEH
npodaze mepBoro JejaeHUs Melo3a, XOTs C HE3HAYUTEILHOM 4acTOTOM OOHapyKUBaach
U Ha JpPYruxX CTaAusiX, BKJIKOYas CTaJAMIO TeTpaJ. B KOHTPOJIbHBIX IpyImax pacTeHUH c
HOpPMaJIbHBIM (PeHOTUTIOM (KOHTpOJH 1-3) HUTOMHKCHC BeTpevasics ¢ HeBbicokol (3-4%)
4acTOTOM.

B nayuHoii nutepaType OblUI BbICKa3aH psiJi MPEANOJIOKEHUNH O BO3MOXKHON pOJU
HapyIIEHUH CTPYKTYPHl U PYHKIUNA MUKPOTPYOOUKOBOTO IIUTOCKEIETAa B MEKKIETOUHOU
murpamuu saepaoro marepuana (Feijo, Pais, 1989; Illamuna u mgp., 2000). Hampumep,
OJJHA M3 OCHOBHBIX ()YHKIMH LUTOCKEJIeTa — OPraHU3yIIas, TO €CTh (YHKIHS IO
pacnpeielIeHHIO OpraHelyl B OIpeIeIeHHbIX 00JacTsIX UTOIUIA3MBbl U TI0 YACPKAHUIO UX
B 3TOM NOJIO)KEHUHU. lluTOCKENeT ynepKUBaeT siIpo B LEHTpe KieTku. Ecim ke asrta
GYHKIUST UM HE BBIMOJHACTCA, SIAPO MOXKET MUTPHUPOBATH MO TOKY IUTOILIA3MbI U
KOHTaKTUPOBATh C 00JIACTHIO PACTION0KEHHS IUTOMUKTUYECKUX KaHAJIOB.

B nHopme B panneii—cpenneit mnpodaze mmrockener B MKII mpencraBnen
PETUKYIISIPHOM paguanbHOi cucteMor M T my4koB, pacXoaamuxcsi OT BCEl TOBEPXHOCTH
AJIEpHON O0OJIOUKM K KOPTHKAJIbHOMY CJIOK LUTOIUIAa3Mbl. McciienoBaHue CTpYKTYpbl
UTOCKENEeTa B IMTOMUKTUYHBIX KJIETKaX B cpeqHel npodasze nepBoro jAeleHus mMeiiosa,
TO €CTh Ha CTaJIMM MaKCUMAaJIHLHOTO MPOSBICHHS IUTOMUKCHCA, HE BBISIBUIO KaKHX-IH0O
OTIIMYUN OT CTPYKTYPhl PETUKYJSIPHOTO PagUalIbHOIO IUTOCKEIETAa XAPAKTEPHOTO AJIs
HOpMAaJIbHBIX KJIETOK. boree Toro, mony4yeHHble HAMU JIaHHbIE MTOKA3aJId, YTO HE TOJbKO
CTPYKTYpa, HO TakKe U IMHAMUKA MUKPOTPYOOUYKOBOTO ITUTOCKENIETa HE UMEET KaKHX-
100 OTIIMYMN B HOPMAJIbHBIX KJIETKaX M KJIETKax ¢ HUTOMHKCUCOM. [laxke oOpazoBaHue
MUKPOSIJIEp M IOTepsl KJIETKON OoJblIed 4yacTu siipa B pe3yibTare IIUTOMHUKCHCA HE
MPENSATCTBOBAIM TPOLECCY PEOPraHu3allyd pPAJAATBHONW CHCTEMBI IIUTOCKEJETa B
nepuHyKIeapayro. B xone nampHedmmx a3 kak mepBoro, Tak ¥ BTOPOro MEHOTHIECKUX
neneHudt  ¢GopMHpoBaHHE OWUMONSAPHBIX BepeTeH B MeTadaze U  (hopMuUpoBaHHE
MHTEP30HABHBIX CHUCTEM MHUKpPOTpyOOueK B Tesopa3ze—MHTEPKUHE3E MPOXOANIN
eanHoo0pa3Ho 0e3 HapYIIeHU KaK B IMTOMUKTUYHBIX KJIETKaX, TaK U B HOPMaJbHBIX.



Takum 00pa3oM, HaMH HE BBISBICHO KaKHUX-IMOO HApPYIIEHUW B JAMHAMHUKE WU
OpraHu3alid MHUKPOTPYOOUKOBOM 4YaCTH IIMTOCKENIETa MAaTEePUHCKHMX KJIETOK MbUIbIbI
TabaKa, KOTOpbIE MO3BOJMJIA OBl CBSI3aTh MX C MEXKIETOYHBIMH MEpEMEIICHUSIMU
saaepHoro marepuana. [IposiBiieHue IUTOMHUKCHCA Ha CAMBIX paHHUX CTaausx npodassl 1,
KOrJa IIMTOCKEJET €Ille IMpEJACTaBICH PETUKYIsApHOM cuctemoir MT, craBuT ero
3asIKOPUBAIOLIYIO POJIb I10JI COMHEHHE.

2.2. TlpexneBpeMeHHBbIH HUTOKHMHE3 B MATEPHUHCKHUX KJIETKaX MbLIbIbI
TPAHCTeHHBIX pacTeHMil Tabdaka. HopmaipbHOE MPOXOXKJICHHE IMUTOKWHE3a, Kak (asbl
KJIETOYHOTO IMKJa, OOECIeUYrBaeTCs HE TOJIBKO MPaBWIHHOM MPOCTPAHCTBEHHOM
opraHu3aiyen 1miaHa JeJeHus, MOJTHOICHHBIM (DOPMUPOBAHUEM CHCTEMBI (hparMoIiacT—
KJIETOYHAs TUIACTUHKA, HO W YETKOM BPEMEHHOM KOOPAMHALMEH MEXKIy Kapuo- Hu
nutokuHesoM (Guertin et al.,, 2002; oporosa, [llamuna, 2005). Pazobmenue 3tux
MPOIIECCOB MOXXET MPHUBOAWTH K HAPYIICHUIO ITUKIJIA KJICTOYHOTO JEJICHUS W, B TOM
4yucie, K HECBOEBPEMEHHOMY 3aIllyCKy IIMTOKHHE3a M JaXe K CMEHE THuIlla JEJICHUS
muTorta3mel (Siddiqi et al., 2000).

B yactu MaTepUHCKUX KIJIETOK MBUIBIBI Y U3YYEHHBIX HAMHU TPAHCTEHHBIX PACTEHUN
Tabaka HaOIrOJaIach WHHITMAIMS JIOMOJHUTEILHOTO payHJa IUTOKMHE3a YXKe IOCTe
MEPBOro JCJICHUS MeiH03a, 4TO HE XapaKTepHO /I JBYAOJbHBIX. B He3HauMTeNbHOU
YacTH KJIETOK JIeJICHUE TIPOXOJUJIO IOJTHOCThIO M 3aKaHUYMBAIOCh (OPMHUPOBAHUEM
0o0bIyHOM muanel. OqHAKO B OOJIBIIMHCTBE CIy4aeB B KJIETKaX, I/I€ HAOIIOJAICs JaHHBIN
(dbeHoMeH, KIIeTOYHAas IUIACTMHKA ObUla HE CrocoOHa Tepeceyb BCI0 IUTOILIA3MY H
JouepHre MeMOpaHbl OOpa30BBIBAJIMCh B BHUJIE IMOJOT0 LUIUHIpA, «TOHHEIS»,
MIPOHU3BIBAIOIIETO 00BEM IMTOIUIA3MBI. B cpeHeM naHHAs aHOMalMs BCTpedyanach B
IpyIIe TPaHCTEHHBIX PaCTeHW ¢ MyTaHTHBIM (peHoTtunom c yactotoi 2,0+0,5%. Hu B
OJIHOM U3 KOHTPOJIbHBIX IPYII PACTEHUI JaHHOW aHOMaIUU OOHApYKEHO HE ObLIO.

[TonydyeHHble HAMM JAHHBIC MOKA3aJIM, YTO MPOIECC MOCTPOCHUS XapaKTEPHOM s
Melo03a IBYJOJIbHBIX HHTEP30HATBHONW CUCTEMBI MUKPOTPYOOUEK Ha cTaiauu Tenodassl 1
MPOXOAMII €TUHOO0Opa3HO KaK B KJIETKAaX C MPEKICBPEMEHHBIM ITMTOKHHE30M, TaK M B
KJIETKaX KOHTPOJBHBIX pacTeHui. CreayeT OTMETUTh, YTO HAJIUYWe€ MEMOpPaHHOTO
«TOHHEJIS», BO3HUKIIETO B PE3YJIbTATE BHEIJIAHOBOM AaKTUBALIMM LIMTOKWMHE3a IIOCIIe
MEepBOTro JIeJieHUsT MeHo3a, HUKAK HE BIMSJIO Ha (OPMUpPOBAHHME BEPETEH BTOPOTO
JIEJICHUs, 4 TAK)KEe HAa KAPUOKHHE3, KOTOPbIE MPOXOAUIN 0€3 BUANMBIX HapyiieHui. [{uki
KapuOKMHE3a B TaKMX KIJIETKaX 3aKkaHuMBajcs oOpa3oBaHHMEM YeThIpeX siep,
PaCTONI0KEHHBIX CHMMETPUYHO BOKPYT MEMOPAHHOTO «TOHHEJS» MEpPBOro neneHus. [lpu
3TOM Bce MOpPQOIOTHYECKUE TMPOIECChl JAUHAMUKH IIUTOCKENIeTa, CBS3aHHBIE C
MEePEeX0A0M OT BEpPETEHA JEJCHHUS K MHTEP30HAIBHON CHCTEME LUTOCKEIETa BO BTOPOM
JeJICHUM MeHo3a ocTaBajuch 0e3 m3MeHeHni. OCOOSHHOCTh 3aKIII0Yaliach JUIIb B TOM,
YTO sJipa OKAa3bIBAINCH CBS3AaHHBIMU JPYT C JAPYITOM HWHTEP30HAIBHBIMU ITydKaMu
MHKPOTPYOOUYEK HE TETPadIPUUECKH, KaK B HOPME, a 110 KOJIbITY. Y CTaHOBJICHHBIM HAMH
(hakT, 4TO MPEKIEBPEMEHHBIN ITUTOKWHE3 HE MPEMATCTBYET IIUTOKHWHE3Y IMOCJE BTOPOTO
JeJeHUsl Mei03a, CBUACTENbCTBYET O CMEHE B YACTU KJIETOK Y TPAHCIE€HHBIX PACTCHUI
Tabaka CUMYJbTAHHOTO TUIIA [IUTOKKWHE3a Ha CYKI[E€CCUBHBIM.

VY BUIOB IBYAOJBHBIX PACTEHUI, B TOM 4YHUCIE U y Tabaka, NEepBOE JeJIeHuEe Meho3a
3aKaHYMBaeTCs (POpMUpPOBAaHWEM HHTEP30HAIBHOW ITUTOCKEIECTHOW CHCTEMBI, KOTOpas
WUrpaeT pojib HEMOABUKHOTO (parMoriacta ¥ OJHOBPEMEHHO BBITIONHIET (PYHKIHIO
paarabHOTO IMTOCKEIETa B MHTEpKUHE3e. B HOpMe OTCYTCTBUE IIUTOKMHE3a Ha JJAHHOM



JTafne KIJIETOYHOIO LHMKJIa OOeCrneYrBaeTcs, MO-BUAMMOMY, 3alporpaMMHUPOBAHHBIM
OmokoM  00pa3oBaHMs  KJIETOYHOM  IulacTUHKU. OmnucaHHas HaMM — aHOMaJMs
CBUJIETENICTBYET O TOM, 4TO MHTep30oHanbHas cucrema MT, cpopmupoBannas B MKII
Tabaka Iociie TIepBOro JeJeHus Meio3a, BIOJHE (YHKIHMOHAIbHA, YTOOBI 00eCIeYnTh
(dbopMupoBaHHUe KJIETOYHOM MJIACTUHKY U JalibHENIIee ee MpeoO0pa3oBaHue B JOUYEPHIOIO
MeMOpaHy.

CornacHO MMEIOUIMMCS Ha CETONHAIIHUN JIeHb B HAy4YHOW JIMTEparype HdaHHBIM
MPeXAEBpEMEHHOE O00pa3oBaHUE JOYEPHHX MEMOpaH MOXKET CBHETEIBCTBOBATH O
CYIIECTBOBAaHUU CIELMAIBLHOIO MEXaHU3Ma 3aIlycka IIUTOKKHHEe3a. M XOTs 3TOT MexaHU3M
COMPSIKEH C SACPHBIM IIMKIIOM, CBSI3b 3Ta JAJEKO HE jkecTkas. Jlaxe kornma saepHbIid
IUKJ HE 3aKOHYEH WM OJIOKMPOBAH, IIUTOKWHE3 BCE PABHO MOXKET MHUIUHPOBATHCS U
3aBepIINTLCA OOpa3oBaHueM jgouepHux MemOpan (Magnard et al., 2001; Jloporoga,
[amuna, 2005). Takum o00pa3oMm, NPUYUHOW OMUCAHHOTO (EHOTUIA SBISETCA
HapyluleHue B  PEryJlaTOpHOM  CcHCTeM€  LIMTOKHWHE3a, KOTOpO€  BbI3BIBAET
MPEXACBPEMEHHYIO, «BHEIIAHOBYIO» AaKTHUBALIMIO CUTHANa, 00YCIABIMBAIOIIETO 3aITyCK
mpoiiecca o0pa3oBaHMs MIa3MaTUUECKON MEMOPAHBI.

2.3. Anomasmu ¢GopMHpPOBAHUS BepeTeHa [eJeHHS B  KJIETKax ¢
neopmupoBanbiMu  siApamu. B Hopme gouepnue sapa B MKII  Tabaka,
copMHpOBaBIIMECS B XOJAE IMEpPBOro JAeNeHUs Meio3a, MMEIT OKpyriyl (opmy.
OpHako B 4YacTH KJIETOK Yy H3YYEHHBIX HaMHU MYTAHTHBIX pacTeHUN B MO3JHEM
UHTEpKHUHE3e — mpodase 2 006a JOYEpHUX s/ipa HAaYMHAIM CHJIBHO PacTITUBaThCS B
JUIMHY, TpuoOpeTass CEpHOBHIHYI0 WMJIM BEpeTHOBUAHYIO (opmy (puc. 2 a). Jannas
anomanusa Bcrpedanacb B MKII TpaHcreHHBIX pacTeHHMl ¢ MyTaHTHBIM (DEHOTUIIOM, a
takke B MKII HeTpaHCcreHHBIX pacTeHMIl Ta0aka C YABOEGHHBIM YHCIOM XpPOMOCOM
(kouTpoabs 4) ¢ uvacrorout 23,1+2,5% u 27,8+41,9% coorBeTcTBeHHO. B KOHTPOJIBHBIX
IpyImax pacTeHUH ¢ HOPMaIbHBIM (PEHOTUIIOM (KOHTPOJH 1-3) KakuX-TuOO0 M3MEHEHHH
(dbopmMBI JOUEpHUX SiZep B TIO3IHEM HHTEPKUHE3€e — podase 2 He BBISBICHO.

[TonoOHOe M3MeHeHne GOpMbI JOUEPHUX sIIep UMENO Cephe3HbIe MOCIEACTBUS IS
JanpHeWero xojga Meno3a. B Takux kierkax mocrie pacnajga sSAepHOM 000JIO0YKH
npomeTadazHOE JIBIKCHHE XPOMOCOM OBLIO OJIOKMPOBAHO, OHM OCTaBaJMCh B 00JIacTH
ObIBIIUX siiep. MeTtadasHble MIIACTUHKU M BEpETEHA BTOPOrO JEJICHUSI HE CTPOUJINCH. B
pe3ynapTare 3TOr0 Ha CTagud YCJIOBHOW MeTada3bl 2 XPOMOCOMBI OKa3bIBaJIHCh
OecropsZI0O4HO pa30pOCaHHBIMM B IMTOIUIA3ME KIETKUW. B  nanpHelmem rpymnmnsl
XpOMOCOM OOBEAMHSITUCH SACPHONW OO0O0JIOUKOM, YTO NTPUBOAMIO K TOABICHUIO B
Tenodase 2 MHOTOSIIEPHBIX KJIETOK.

CornacHO HalIMM MCCIIEOBaHUSAM, B KJIETKax ¢ JAe(OPMUPOBAHHBIMHU SApaMU
MIPOIIECCHI ACTIOIMMEPU3aIi HHTep30HaIbHOM cucteMbl MT (puc.2 6) u popmupoBanue
MIEPUHYKJICAPHOM CHCTEMBI IHHUTOCKeneTa B mpodaze 2 (puc.2 B) MPOUCXOIUIN 0Oe€3
OTKJIOHEHMII OT HOpMbl. OAHAKO 3Tan peopraHU3alUM IEPUHYKICAPHOW CHCTEMBI
MHUKPOTPYOOYEK B MEPUHYKJIEAPHOE KOJbLO OTCyTCTBOBal. IlepuHykieapHas cuctema
IIUTOCKEJIeTa, OKpYy>KaBIIast Je(OpMUPOBAHHBIE s/Ipa, BIUIOTh 0 OKOHYAHUS Mpodazsl 2
coxpaHsja CTPYKTYpy «dexjia», a He koibiia MT (puc. 2 B). Ilocne pacnaga snuepHoit
000JI0YKM B TEuYeHHE Bcei mpomeTadasbl HUTOCKENIET ObLIT MPEACTABICH TOJIbKO
KOPOTKMMHM HpsIMbIMM ITydkamu MT, KOTOpble HE Y/UIMHSUIUCh M, KaK CIEICTBHE, HE
BXOJIMJIM B 30HY S[Jpa U HE KOHTAKTUPOBAJIU ¢ XxpoMocoMmamu (puc. 2 r). Koporkue MT
Ny4ykd OBbLIM HE CIOCOOHBI (POPMHUPOBATH OHWIOJSPHBIE AJIEMEHTHl LIUTOCKENeTa, U



MPOLECC TOCTPOCHUSI BEPETEH BTOPOTO JI€JIEHUS OBl MOJHOCTHIO OJIOKMPOBAH.

Crnenyer OTMETUTh, YTO JalbHEHIINE MPoLEecChl ((OPMUPOBAHUS BTOPUUHBIX BEPETEH
Y IUTOKMHE3a HapylieHbl He ObutH. OJHAaKO, B OTIMYHME OT HOPMBI, paiiajbHbIe IMy4YKH
MUKPOTPYOOUEK, ABISIONIMECS Takxke U puOpuiiamu (GparMoIiacToB, B MHOTOSIEPHBIX
KJIETKax B Tenodasze 2 HauyMHaIM MOJIMMEPU30BAThCS HE OT MOJIIOCHBIX PAaiOHOB, a YK€
HEMOCPEJICTBEHHO OT MOBEPXHOCTH oO0oJoueKk Mukposiaep (puc. 2 1). Pactymme
HaBCTpeuy Jpyr JApYry OT OOOJIOYeK COCeAHHMX saep paauanbHble mydku MT
COCIIMHSITUCH (+)-KOHIIaMH, 00pa3ys sAepHO-IUTOIUIa3MaTH4YeCKue JoMeHbl (Brown,
Lemmon, 2001) u ompenenssi, TakuM o0Opa3oM, IUIaH AeieHus MHorosaepHoi MKIIL.
[locne ¢dopMupoBaHusi no4YepHUX MeMOpaH Takas KJeTKa pa3jensiach, o0pa3ys Ha
CTaJUU TE€TPaJ MOJIUATY C YUCIOM YJICHOB PABHBIM YHUCITY MUKPOSAEP.

[lonyyeHHblE HAMU J1TaHHBIE CBUAETEIHCTBOBAIM O TOM, YTO OJIOK (POPMUPOBAHMUS
BEPETEH BTOPOTO JAENEHUsS B KJIETKax ¢ Ne(OPMHUPOBAHHBIMU sSapaMu ObLI 00YCIOBIICH
KaK MHUHUMYM JBYMsI NPUYMHAMH: OTCYTCTBUEM (HOPMUPOBAHUS MEPUHYKIIEAPHOTO
konblia MT B mo3nHeil mpodase u HapylleHHEM AMHAMUKH LIUTOCKENeTa B MEPUOJ
panHeii mpomeradasbl. TorT (akt, 94To B KJIeTKaXx MpPU OTCYTCTBUU O(OPMIICHHOTO
npodazHOro nepuHyKiIeapHoro Koiablla MT He cTpOuTCs BEpPETEHO JENEHUs, TIO3BOJISIET
TOBOPUTh O CUCTEMHOM pOJIM JTOW KOH(UIypalMM LMTOCKENeTa B Ipolecce
dbopmupoBanusi Beperena genenus B MKII Tabaka mocpeactBom — «outside-iny
MeXaHU3Ma.

Boiaensior HecKoJIbKO cOObITUH, 00ECIeunBaIOIINX PEOPTaHU3aAIMI0 IUTOCKENIETa B
panHeil npomertadasze. K HUM OTHOCSTCS NE3MHTETpamus NPEeAbIayIIed TUTOCKEISTHON
CTPYKTYpbI, yanuHeHue (dioHranusi) MT, BXoa muTOocKelera B 30HY OBIBHIIETO fJipa,
BbIIpsiMiIeHHe MT, BXOAMBIIMX B COCTaB nepuHykieapHoro kosbua (Idamunua, 2005).
Hapymenne kakoro-nmbo u3 3TuxX cOOBITHHM B paHHEW mpomeTadase MOXKET SIBIATHCA
NpPUYMHOM aHOManuii B (QOpMUpOBaHMM BepeTeHa JeneHus. B kietkax ¢
ne(pOopMHUpPOBaHHBIMU siipaMH ObUT HapylleH 3Tan yuiuHeHus (dnonramuu) MT. B
pe3ynbTare 4yero OWIOJIAPHBIE 3JIEMEHTHI LUTOCKENeTa HE (POPMHUPOBAIUCH. Takum
o0pa3oM MOXHO YTBEpXKIaTb, YTO JJIOHTaLUs MHKPOTPYOOUeK NEepUHYKIEapHOH
CUCTEMBbl Ha CTaJAuM paHHEHd mnpomeTtadasbl SBISETCS 00A3aTENbHBIM YCIOBHEM
(dbopmupoBaHus GUOPUILT BepeTeHA JICTICHUS.

[Ipyuunbl, Mo KoTOphIM HapymieHa saoHrauus MT B mpomeradaze B MKII ¢
ne(OpMHUPOBAHHBIMHU  SIIpaMH, HE BIOJHE TMOHATHBL. TeM He MeHee, MOXKHO
MPEANOI0KUTh, YTO 0HTranust MT MydykoB U Bech NMOCIEAYIOUIMA KOMIUIEKC COOBITHH,
HEOOXOJUMBIX I TMOCTPOEHUS BEpEeTeH MAENEHHs, 3aBUCUT OT HAJIUYMsi KaKOTO-TO
CUTHaJIbHOTO (pakTopa. Ha cyOKI€TOUHOM YpOBHE TAKUM CUTHAJIBHBIM (PAKTOPOM BIIOJIHE
MOXKET CIY’KUTh NepuHyKieapHoe konblio MT. Ero orcyrcTBre O10KUpyeT qanbHeume
coObITUsl IpoMeTadasbl Jake NMpU HAIMYMM 3aTPAaBOYHOIO MaTepualia B BUJE KOPOTKUX
MT nyukos.

Anomanus QopMmbl JOUEpPHUX SJEp MO3BOJWIA HAOMIOAATh (PEHOMEH, KOTOPHIi,
BEPOSATHO, UMEET OOJIbIIOE 3HAYEHHE Ul JAJIbHEHIIEro XoJa Meio3a y JBYAOJbHBIX.
[TockoabKy H0YEpHHE siipa CHIIBHO BBITSHYTHI B IJHHY, MOKHO ObLIO HAaOIIOIaTh, UYTO B
OOJIBIIMHCTBE TaKUX KJIETOK OHM 3aHHMMAJM B3aUMHO NEPIEHANKYISIPHOE MOJoXKeHne. B
YacTH KJIETOK TaKHe A]pa 3aHUMAJIM MPOU3BOJILHOE MosiokeHue. [lonyyeHHble naHHbIE
MO3BOJISUIN MPENAIOJIOKUTh, YTO B Mpo(a3e BTOPOro JIENEeHUs MeHo3a sapa COBEpLIAIOT
IIOBOPOT JIPYr OTHOCHUTENIBHO Jpyra Ha 90°, Crnenyer OTMETHTBb, YTO HMEHHO TaKOE
B3aMMHO MEPIEHIUKYIIIPHOE MOJI0XKEHHE 3aHUMAal0T BepeTeHa JeJeHus B MeTadase 2.
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Puc. 2. /lunammka nurtockeneta Bo BTOpoM jaencHum Meio3a B MKII TpaHcreHHBIX
pactenuil Tabaka ¢ 1e)OpMUPOBAHHBIMU siipaMH. IMMYHOOKpaluBaHue Ha O-TyOyJIuH.
Yeennuenue: 10x100.

a — wu3MeHeHHe GOpPMBI sep B TO3JHEM HWHTEPKHHE3e;, O — JIemoIuMepu3anus
MHTEP30HAJILHOW CUCTEMbl MUKpPOTpyOOuek B paHHeil mpodasze 2; B — yKOpOUEHHE
panuanbHbIX mydkoB MT u ¢opmupoBanme nepuHykieapHoii cucreMbl MT BOkpyT sizep;
I — Je3WHTEerpanus nepunykieoisipHoir cucremMbl MT mipu mepexoae ot mpodassr 2 K
npomeragase 2, 010k noctpoeHus npomeradazHon purypsl nutockenera (myuku MT He
BXOJSIT B 30HY OBIBILErO siipa M HE KOHTAKTHPYIOT C XpPOMOCOMamH); 1l - CHUCTEMa
LUTOCKEJeTa B Teno(dasze 2 B MHOTOSIIEPHON KIIETKE, paauaibHble Mydku MT oTxomsT ot
000J104€K MUKPOSIIED.

Ob603Hauenus: 3eNEeHbIN LBET — HIUTOCKENET, CHHUN LIBET — s/pa.

W3BecTHO, uTO siiepHast 000JOYKA SIBISETCS KPYHMHEHIIMM LEHTPOM OpraHu3aluu
MUKpOTpyOOuek B pacturenbHoil kietke (Meier, 2001). Takum o00pa3oMm, MOXKHO
rojiaraTth, 4To MPHOOPETEHHE SIpaMH ONPEJCIEHHOW OpUEHTAllMd B TPOCTPAHCTBE
KJIETOYHOM LIUTOIIa3MBbl B podaze 2 sBISIETCS] COOBITUEM, OMPEEIISIFOIINM OPUEHTALINIO
BEPETEH BTOPOIO JCJICHUS B MEHO3€ IBYJOJIbHBIX PACTCHUMN.

2.4. AHOMaJIMM TOJI0:KeHUsI BepeTeH BO BTOPOM JejleHUH Meiio3a. B HopMme BO
BTOPOM JIEJIEHUH MEHOTUYECKOI0 IIMKJIA y Tabaka, XapaKTepU3yIOUIErocsi CUMYJIbTaHHBIM
TUIIOM LUTOKMHE3a, BEPETEHA 3aHUMAIOT B3aUMHO NEPIEHIUKYISIPHOE MOJI0KEHUE (pUC.
3 a, 0). [locne pacxoxkaeHuss XpOMOCOM B TakuUX KieTKax (OPMUPYIOTCS TETpabl
MHUKpOCHOp, B KOTOPBIX TallJIOWJHBIE siApa pPaclojaraiTcs MO BEpIIMHAM TETpasjpa
(puc. 3 B). YV M3yueHHBIX HAMH TPAHCTCHHBIX PACTEHUH C MYTAaHTHBIM (DEHOTHIIOM B
3HaunTenbHOM YacTu MKII B3ammHasi opueHTanusi BEPETEH BTOPOro JejeHus Oblia
pe3ko HapymieHa. Hamu ObUIO BBIJIEIEHO HECKOJIBKO aHOMAJIbHBIX IMOJIOKEHUN BEpeTeH
JIeJIEHUS: TPEXIOJIIOCHOE, MapayielbHOe U CONMKEHHOE IMOJIOKEHHE BEPeTeH, a TaKKe
COOTBETCTBYIOIINE UM MPOJYKThI Me03a Ha CTaluu TeTpaj (puc. 3 r-m).

Haunbonee wacto, B 25,2+1,5% cnydaeB, Bctpeuanuch MKII ¢ TpexmomatocHbIM
MOJIO)KEHUEM BepeTeH JeneHus. llapamienpHoe MONOXKEHUE BEPETEH  JIEJICHUS
BCTpeuanoch ¢ yactotor 9,5+0,7%. Haubonee penxkum Hapymenuem B MKIT myTaHTHBIX
pacteHuit ObUIO CONMIKEHHE BEpPETEeH, KOTOpPOE BCTpedanoch ¢ yactotou 4,2+0,6%. B
KOHTPOJIBHOW TpyNIe, MPEACTaBICHHONW HETPAHCTEHHBIMU PACTEHMSIMU C YABOCHHBIM
YUCIIOM XpPOMOCOM (KOHTpoJib 4), ObuUIM OOHApPYKEHbI T€ K€ CaMble HapyLICHHs
IIOJIO)KEHUSI BEPETEH BTOPOIO JIEJEHUS, YTO M Y TPAHCI'€HHBIX PACTEHHM C MYyTaHTHBIM
(dbeHoTunoM, XoTs U ¢ 0osiee HU3KOM YacTOTOM.
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Puc. 3. Tunel HapyueHUi
IPOCTPAHCTBEHHOMN OpHEHTaluu
ammapaTa BepeTeHa BO BTOPOM JCIICHUH
Meiio3a W MX TOCJIEACTBUS Ha CTaauu
TeTpaa. VMMyHOOKpamMBaHUE Ha 0.-
TyOymun. YBenuuenue: 10x100.

a, 0 — HOpPMaJbHOE TETPadIPUUECKOE
NOJIOKEHHE BEpeTeH [IeJEeHUs; B —
HOpMaJbHas TeTPaja;

I, J — TPEXIIOJIOCHOE pPaclONOKEeHHUE
BEPETEH JETICHNS; € — TPHAJa;

K, 3 — MapajjIeIbHOE PaCIOJIOKEHHUE
BEPETEH; U — KOIJIaHApHAs TeTPaja;

K, 1 — (pOpMHpOBaHUE OOIIETO BEpeTeHa
JIeTICHUs MPU aHOMAJIbHOM COJMKEHUH
BEPETEeH; M — AMAA.

Obos3nauenus:  3€I€HBIA  OBET  —
IIUTOCKEJIET, CHHUM IBET — sAJpa H
XPOMOCOMBI.

[TossBnenne cpeau mpoaykToB Meroza B MKII TtaGaka nuam uw  Tpuan
CBUJIETENICTBOBAJIO O HAJIMYMM Tpoliecca PECTUTyluu ramer. OJHUM U3 OCHOBHBIX
MEXaHU3MOB PECTUTYLIMU Y JBYAOJIbHBIX SIBIISIETCS JE30PUEHTALUsI BEPETEH BTOPOrO
nenenns (Genualdo, 1998; Mariani et al., 2000; Conicella et al., 2003). Onnaxo, B
OOJIBIIMHCTBE CIIy4aeB HAPYIIEHUS, U3MEHSIONIUE MO3UIIUN BEPETEH JIEJICHUS, SIBISIOTCS
WHEPTHBIMU U HUKAK HE BJIUSIOT Ha JaJIbHEHIIIEe pPa3BUTHE MPEANICCTBEHHUKOB MBLUIBIIBI,
a JIMIIb U3MEHSIOT UX ToioxkeHue B TeTpaze (Dorogova et al., 1999). CnenyeT oTMETHTD,
YTO HAPYIIEHUS MPOCTPAHCTBEHHOM opueHTauuu BepereH aeneHust B MKII tpancreHHbIx
pacTeHuil Tabaka ¢ MyTaHTHBIM ()EHOTHIIOM BCTPEUAOTCS C 0oJiee BBICOKOW YaCTOTOM,
YeM BO3MOKHBIE MPOIYKTHI ATUX HapyILIeHH. DTO 00yCIOBIEHO TeM, 4TO B Tenodasze 2
CHayaja OT MOJIOCHBIX PalOHOB BEPETEHA, a 3aTEM M OT MOBEPXHOCTH BOCCTAHOBJICHHBIX
SAJIEpHBIX 000JI0UeK HauMHaeTcs mnonumepusanus HOBbIX MT myukoB. Eciam mporecc
MOJIMMEPU3ALIMM HA JIAHHOM OJTalle IUTOCKEJIETHOrO IMKJIa HE HApyIIeH, TO BHOBb
oOpa3oBaHHble My4kd MT crocoOHBI PacTONKHYTH CONMMKEHHBbIE Teno(ha3Hble TPYIIIbI
XpPOMOCOM U Si7Ipa, BEPHYB X B HOPMAJIbHOE IMOJIOKEHUE M MPEAOTBPATUB TEM CaMbIM
MpolecC PECTUTYyHUU. TakuM o0pa3oM, HU3MEHEHHE TOJIOXKEHUSI BEPETEeH BTOPOrO
JIeIeHUsT  SIBJSIETCS.  HEOOXOIMMBIM, HO HE Bcerja JOCTaTOYHBIM  YCIIOBHEM
BOCCTAHOBJICHUSI TNIOUTHOCTH T'aMeT.

2.5. OcoGeHHOCTH peopraHu3aluu MUKpPOTPyOoukoBoro nurockenera B MKII
pactenuii Tadaka npu (POPMHMPOBAHMH AHOMAJIBHOIO IIOJIOKEHUS BepeTeH.
[lomyyeHHble HaMU JaHHBIE TIO JWHAMHKE MHUKPOTpyOoukoBoro mutockenera B MKII
MYTaHTHBIX PACTEHUH W B HOPME IMO3BOJIWJIMA BBIIEIHUTH JBA COOBITUS IIUTOCKEIETHOTO
LMKJIA, KOTOPHIE OKa3bIBAKOT BJIMSHUE, BO-TIEPBBIX, HA MPOCTPAHCTBEHHOE MOJOKECHUE

12



BEpETEH BTOPOro JejeHus (Ha HMX CONMKEHUE) a, BO-BTOPHIX, HAa HX B3aUMHYIO
OpPHEHTAIMIO, TO €CTh Ha MX MNOJsIpHOCTh. [lepBoe coObiTHE — 3TO (opMHpOBAHUE
MOILHOM CHCTEMBbI MHTEP30HANbHBIX (UOpMIT B MHTEpKUHE3e. BTopoe coObiTHEe — 3TO
cnenuduueckas  peopraHumzanus  IUTOCKenera  (pa3MblkaHue  (+)-KOHLOB U
nenosmmMepusanus ¢uopunn MT) B npodasze BToporo neneHus.

Anomanuu ¢hopmuposanus cucmemvl UHMEP3OHANLHBIX ubpuil 6 menopasze 1 —
unmepkunesze. B Hopme B MKII pactennii Tabaka B cpeaneir Tenodasze | Ha momrocax
HAYMHAETCSl MaccoBasl MOJUMEpPH3AIUsi HOBBIX IMYYKOB MHKpoTpyOouek. [loctemenHHo
VIUTMHSISICh, MYYKH MHKPOTPYOOUYEK MOCTHUTAIOT JKBATopa W OOBEAMHAIOTCA TaMm (+)-
KoHIIaMu. B xoze Tenodasbl 3Ta cuctemMa BHOBb 00pa3yromuxcst GUOPUIT MOCTOSHHO
pacmupseTcss ¥ ABMKETCS 110 HAMPaBJICHUIO K epudepun KIETKH, B Pe3yIbTaTe 4ero B
MHTEpKUHE3€ JOYEpHHUE sJIpa MAKCUMAJbHO YIAJCHbl APYr OT JApyra M pas/eieHbl
MOIIIHBIM KapKacOM MUKPOTPYOOUKOBBIX Iy4KOB (pHc. 4 a, 0).

[Ipu aHanu3e AMHAMHKY [UTOCKENETa Ha cTaauu Tenodassl 1 - HHTEepKUHE3a ObUIO
yctaHoBiieHo, utro B MKII y pactenuii ¢ MyTaHTHbIM (EHOTUIIOM MPOUCXOAUI
YACTUYHBIA OJIOK TMONUMEpPU3aNUNd MHUKPOTPYOOUKOBBIX (GUOPWIT W HapyIIeHUE
coeuHeHus ux (+)-KOHIIOB B o0iacTu 3kBaTopa (puc. 4 B, r). Cieyer OTMETUTh, YTO BO
BCEX MPOAHATM3MPOBAHHBIX HAaMHU KJIETKAaX BBISBICHHBIC HAPYIICHUS TMPOSBISIINCH
HECUMMETPUYHO  OTHOCHTEIBHO OCH  TMEpBOro  JeJieHHus, TO €CTb  4acTh
MUKpPOTPYOOUKOBBIX MYYKOB pa3BUBajach OOBIYHBIM OOpa3oM, a 4acTb — aHOMAJIBHO.
Takum obOpa3zom, B pe3yibTaTe OJOKa MOJUMEPHU3AIUU M COSIUHEHUS MHUKPOTPyOOUeK
(+)-KOHIIAMH C OJIHOW CTOPOHBI U HOPMAJBHOTO IEHTPOOEKHOTO JIBUKCHHUS CUCTEMBI
MUKPOTPYOOUKOBOI'O IIMTOCKENETa C JAPYrod CTOPOHBI MO3MLMU TeI0(pa3HBIX SAep
CMEIIAJIMCh OT OCH IEpPBOrO JeJeHUs, a WHTEp30HalIbHAasg CUCTEMa MHUKPOTpyOouek
BBITJISAIE1a OJHOOOKOM.

VY NIBYIOOJIbHBIX PACTeHM, B TOM 4HUCJIEe U y Tabaka, IIUTOKMHE3 IOCIEe TEPBOIro
neneHus: OmokupoBaH. OJHAKO OTCYTCTBHE JOUYEpHEH MeMOpaHbl IOCIEe IEePBOrO
JEJICHUS] MEN03a KOMIIEHCUPYETCSI MOIITHOM KapKaCHOM CUCTEMOU MHTEP30HAIBHBIX MT,
nporiecc GOpMHUPOBAHUS KOTOPOH MBI pacCCMOTpPENH BhIme. MI3BecTHO, 4TO HETOCTATKU B
OpraHM3alid HMHTEP30HAIBHBIX (UOPWIUT MOTYT HapyliaTh WX CTaOWIM3UPYIOIIYIO,
KapKacHyl0 (DYHKIMIO W MPUBOIUTH K BO3BPATHOMY IBM)KCHHIO TeJIO(Ma3HBIX sSIep OT
nepudepun KIETKH K €€ IEeHTPY, Hapymas TeM CaMblM HX IPOCTPAHCTBEHHYIO
opueHTanMio u u3oiaupoBaHHocTh (Dorogova et al.,, 1999; Conicella et al., 2003;
[Mamuna u ap., 2004). Takum 00pa3oM, OCHOBHAsI pOJib MHTEP30HAIBHON cuctemMbl MT
3aKirovaeTcs B (PUKCAMU JOUYEPHUX sIep B AMAMETPAIbHO MPOTUBOIOIOKHON MO3UIIUU
Ha nepudepun MerHouuTa.

O6nHapyxeHHbli HamMu B Tenmodasze | — UWHTEpPKHMHE3e YaCTHYHBIM OJIOK
MOJIMMEPU3ALUU MUKPOTPYOOUKOBBIX (PHOPWILT U coeauHeHus ux (+)-KOHIIOB B 00JacTu
HKBATOpa B MEHMOIMTAX MYTAHTHBIX PACTEHUN MNPUBOAMI K CMEIICHUIO TO3UIUU
Teno(da3HbIX siiep OT OCHU MEPBOro JENEHUS W JPYr OTHOCUTENBHO JIpyra, Hapyuias,
TakUM 00pa3oM, (PUKCUPYIONIYIO (GYHKINIO HHTep30HAIbHOW cucteMbl MT. M3menenue
e MO3ULMM sjep B Tenodase 1, B CBOIO ouepeib, HAMPSMYIO BIMSJIO Ha MOJOXKEHUE
BEPETEH BTOPOTO JEJIEHUS, HApYIIas UX MPOCTPAHCTBEHHYIO Pa300IIEHHOCTh B 00IIEM
ooreme MKII.

13



Puc. 4, Junamuka MHUKPOTPYOOUYKOBOTO
uurockenera B MKII Ttabaka B Temodaze 1 —
npodaze 2. MIMMyHOOKpalIMBaHHE Ha O-TYOYJIHH.
Veeanuenue: 10x100.

a, 0 — WHTEp30HANIbHAs CHCTEMa ITUTOCKEleTa B
WHTEPKUHE3E; B, T — HAPYIICHUE MOJIMMEPU3AINN U
COCIMHEHUS MHKPOTPYOOUYEK «+» KOHIIAMH B
nmo3Hel Tenodase 2 — HHTEPKUHE3E.

Obo3nauenus: 3€ICHBIA IIBET — IIUTOCKENCT, CHHUHU
IIBET — siIpa U XPOMOCOMBI; 3HAaK «+» — 0003HA4YaeT
nosioxkeHue (+)-konos MT.

Puc. 5. Junamuka MHUKPOTPYOOUYKOBOTO
nutockenera B MKII Tabaka B Ttemodaze 1 —
npodaze 2. VIMMyHOOKpalIMBaHHUE Ha O-TYOYJIHH.
Yeenuuenue: 10x100.

a, 0 — JenoymMMepu3aiusi UHTEP30HAIbHONW CHUCTEMBI
MUKPOTPYOOUEK, TMepexol OT WHTepKUHE3a K
npodaze 2; B, T — HapyIICHHUE JCTOMMEPU3AINH
WHTEP30HANBHOM  CUCTEMBl  MHKPOTPYOOUYeK B
npodasze 2.

Obo3navenus: 3eJ€HBIA LBET — LIUTOCKEIET, CUHUHI
LBET — fAJipa U XPOMOCOMBI; 3HaK «+» — 0003HAYaeT
nonoxkenue (+)-koHros MT.

Puc. 6. Peopranmzamus nurockenera B mpodase - mpomeradaze 2 B HOPME U TIPHU
commkenuu siaep. UMmyHookpammBanue Ha o-TyOynuH. YBeamuenue: 10x100.

a, 6 — popMupoBaHUe EPUHYKJICAPHBIX KOJEI B paHHEel nmpomMeTadase 2 B HOpME; B, T —
dbopmMupoBaHre O0OMmETO TMEPUHYKICAPHOTO KOJbIla B paHHEH mpomeradaze 2 y
TPAHCTEHHBIX PACTEHUI C MyTaHTHBIM (DEHOTHUIIOM; ]I, € — XaOTH4YeCKue (PUrypsl B 00IIEH
[UTOIUIA3ME B CpelHel mpomeTradasze 2 B HOPME; XK, 3 — XaoTHueckue (Gpurypsl B oOmein
IUTOIJIa3Me B cpe/iHel mpoMeTadase 2 y MyTaHTHBIX pacTEHUH.

Obo3nauenus: 3eIEHBIA IBET — IIUTOCKENIET, CHHUM I[BET — spa; 3HAK «-» — 0003HAYAET

nojioxkeHue (-)-koH1oB MT.
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Peopeanusayus paouanvuoii cucmemvr MT 6 nepunykieapHyio 60 6mopom OeleHuu
metioza. B MKII Tabaka nepexon OoT MHTEpKHHE3a K Ipoda3e BTOPOro MEHOTHUECKOTo
JIEJIEHUs OCYILECTBISIETCS MOCPEICTBOM psiia MEPECTPOEK HHTEP30HATBHOM CHCTEMBI
UTOCKEeTa B OOIIed NMTOIIIa3Me, CPEedu KOTOPBIX BBIIENAIOTCA pa3MblkaHue (+)-
koH1IoB MT B 30HE 3KBaTOpa, UX JAemojJuMepu3alus U GopMUpPOBAHUE TTEPUHYKIICAPHOM
cuctembl (puc. 5 a, 6). Ilpu aHanu3ze IUHAMUKKA IUTOCKENETa HA ATOW CTaJAWH Y
TPaHCTE€HHBIX pPACTEHUH Tabaka ¢ MYTaHTHbIM (DEHOTHUIIOM HaMu ObUl OOHApyXeH
YACTUYHBIA OJIOK TIPOLIECCOB pa3MBIKAHUSA W JCTIONMMEPH3AMH HHTEP30HAIBHOM
CUCTEMBbI MUKPOTpyOOueK. B pe3ynpTaTe 3TOro HapyiieHus K MOMEHTY (pOopMUpOBaHHUS
NEPUHYKJICAPHOW CHCTEMbl MHKPOTPYOOUKOBOIO IMTOCKENETa JOYEpHHE SIpa,
o0Opa3oBaBIIMECS B pe3yabTaTe PEAyKIIMOHHOIO JEJICHUS Mei03a, He 000COOJISIUCH, a
OCTaBAJIUCh COEJAMHEHHBIMA YAaCTHYHO COXPAHMBIIMMHCS NYyYKAMH HHTEP30HAIbHBIX
¢ubput MuKkpoTpydouek (puc. 5 B, T).

B Hacrosiiiee BpeMsi MeXaHHM3M NPOCTPAHCTBEHHOW OpPHUEHTALMU AlEHTPOCOMHBIX
BEpETEH JIeNieHus1 Y pacTeHui He sceH (Smirnova, 2003). Hamm HaGar0eHIS TTO3BOJISIIOT
MPEANON0XKHUTh, YTO MHOJIIPHOCTh BEPETEH BTOPOIO JEJICHUS YCTAHABIMBACTCS €IIE B
xone mnpodaszel 2. Ha a3Toil craguu sjapa, OKpyKEHHbIE NEPUHYKJIEAPHOM CHUCTEMOMU
MHKPOTPYOOUEK, COBEPIIAIOT [OBOPOT APYr OTHOCHTEenbHO apyra Ha 90°, To ectb
pacronararoTcsi B IUTOIUIa3ME€ TakuM 00pa3oM, KaK B JalbHEHIIEM JOKHBI OBITH
OpPUEHTHPOBAHBI BepeTeHa BTOPOro JejeHus. Takas cnenuduieckas OpueHTauus sjaep u
aCCOLIMMPOBAHHBIX C HHUMM TMEPUHYKJIEAPHBIX CTPYKTYp LMTOCKEJEeTa, €CIU U He
oIpeieNIsieT MO PHOCTh BEPETEH JIeIeHUs caMa 1o cebe, To, o KpaiiHel Mepe, SBIsSeTCs
3HAYMMOM YacThIO 3TOro MexaHu3Ma. COOTBETCTBEHHO, JI00bIE HAPYILIEHHUS, B TOM YHCIIE
Y HapyLIeHHs] TUHAMUKNA UHTEP30HAIBHOW CHCTEMBI MUKPOTPYOOUYKOBOTO IIUTOCKENETA,
U3MEHSIoNMe MNpodazHyl0 OpPUEHTAIUIO SAEP, MOTYT MPUBOAUTH K HW3MEHEHUIO
MO3ULMOHUPOBAHUSI BEPETEH M UX B3aUMHOM OpHUEHTaUWMU (M3MEHEHHUIO CalTOB
PacroJIokKEeHUs MOJIFOCOB).

[lonyyeHHblE HAMU JaHHBIE YKa3bIBAIOT HA TO, YTO TAKUM HAPYIIEHUEM SBIISIETCA
OJIOKMPOBKA MPOLIECCOB pa3MbIKaHUs (+)-KOHILIOB M JE€NOIMMEPU3ALUU UHTEP30HAIbHOI
CHUCTEMBl MHUKpOTpyOOUek B mpodaze BTOporo jneneHus wmeho3a. OcTaTouHbIe
UHTEp30HAIbHBIE  (UOPHUIUIBI, HA  HAIl  B3IJISA, [OPENATCTBYIOT HE  TOJIBKO
MIPOCTPAHCTBEHHOW OpHUEHTAlMU Npoda3HbIX sAep, QUKCUPYSd MX MOJOKEHHE, HO U
npaBWiibHOM cOopke mnepuHykieapHoir cuctemMbl MT. CoOOTBETCTBEHHO, NPSIMBIM
CJIEICTBUEM TAaKOM AHOMAaJIbHOM IWHAMUKHU SBIISIETCS W3MEHEHHE NO3ULUN BEPETEH
BTOPOT'O JICJICHUSI.

2.6. /luHaMHKa LHUTOCKEJIETHBIX CTPYKTYpP NpH (OPpMUPOBAHHU CJIMTHOTO
BepeTeHa JieJleHMs. 3aKIIOYUTENbHBIM 3TanoM Ipodas3sl BTOPOro JeleHHs Melo3a B
HOpMe siBiisieTcsl GOPMHUPOBAHHE JIBYX aBTOHOMHBIX J€P, KaXk/10€ U3 KOTOPhIX OKPY>KEHO
NEPUHYKIICAPHBIM KOJBIIOM MHUKPOTpyOOUYeKk (puc. 6 a) M, 4TO BaXKHO, 3aHUMAET
JIMaMETPAILHO MPOTUBOIOJIOKHYIO MO3ULIMIO B 00IIEM MPOCTPaHCTBE MelonuTa (puc. 6
0). B nanpHelimeM npu nepexojie oT mpodassl K mpomeTadasze nepuHyKiIcapHas cucrema
MT nesunterpupyercs, a snuepHas oOonouka pacnanaercs. PaspymieHue sipepHOi
000JIOUKH O3HayaeT Hayajao mpomeTadasbl BTOPOro JAesieHHs. B 3TOT MOMEHT My4Ku
MUKPOTPYOOUKOBBIX (PUOPHILT YUTMHSAIOTCSA, BXOJAT B KOHTAKT C XPOMOCOMaMHU B 30HE
ObIBILIETO sAJlpa, M HAUYMHAETCS TMpolecc (OPMUPOBAHUS BEPETEH BTOPOrO JIEJICHUS
(puc.6n). Cnegyer OTMETUTh, YTO MO3UIMH ITpoMeTada3HbIX IPYII XPOMOCOM OCTalTCA
JTMaMETPaIbHO MPOTUBOIOIOKHBIMU (pHC. 6 €).
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[Ipu anamuze MKII Ha ganHOM cTaguy Mero3a B MyTaHTHOW TPYIIIE PAaCTEHUN HAMU
ObUIM BBISBJICHBI KJIETKM, B KOTOPBIX Mpo(a3Hble sApa pacroyiarajuch aHOMAaJIbHO
OnMM3ko apyr K Jpyry. B Takux KiIeTKax MNpoucxodwio (opMuUpoBaHHE OOIIeH
NEPUHYKJIEAPHON CHUCTEMBbl M OOIIEro MEPUHYKJICAPHOTO KOJblla MUKPOTpYyOOUeK IJist
oboux saep (puc. 6 B, 1). [locie pacmama suepHO 000JOYKH XPOMOCOMBI JABYX SIIEP
00BEeIMHSUIUCh B OJIHY MpomeTadazHylo Ipynmy, a u3 o0mero Kojbla (GopMHUpoBaIach
oOuras xaoTudeckas nmpomeradasHas HUTOcKeneTHas ¢urypa (puc. 6 K, 3) U 3aTeM —
obmiee BepeTeHo neneHust (puc. 3 k). AHadasHOe ABMKEHHE XPOMOCOM, MOCTPOCHUE
¢parmoriacta U KJIETOYHOM IUIACTUHKU B TAKUX KJIETKaX MPOUCXOAUIIHN 0€3 OTKIOHEHU
(puc. 3 1) 1 3aBepHIAIUCH OOPA30BaHUEM AUAIBI MUKPOCIIOpP (pHUcC. 3 M).

Haubonee BeposaTHON NpUYMHOMN CONMKEHUS P Y U3YYEHHBIX HAMU TPAHCT€HHBIX
pacTeHuil Tabaka ¢ MyTaHTHbIM (PEHOTMIIOM ObUIO HapyUIeHHE KapKacHOM (yHKIUU
UHTEep30HAIBbHOW cucteMbl MT, Qopmupyromeiicss MeXAy JAOYEepHHUMH SapaMu B
MHTEpKUHEe3€. AHAIOTUYHBIN MEXaHU3M 00pa30BaHMSI CIAMTHOIO BEPETEHA ObLI ONMUCAH B
meiiose kiona kaptogens CE10 (Conicella et al., 2003).

BBIBO/IbI

1. VcranoBneno, uro mukia MT uurockenera B MKII Tabaka ocyiecTBisieTcs
MOCPEJICTBOM ~ PEOpPraHu3alMi JABYX CHUCTEMHBIX CTPYKTYp — paJuajibHOIO
UHTEp(a3HOro LUTOCKENEeTa M BepeTeHa JeneHus. PparMomiacT Kak OTHelbHas
IIUTOCKEJIETHAsl CTPYKTypa He cTpoutTcs. Ero QyHKUMM BBINOJHIET CUCTEMa
paauanbHbIX MydkoB MT, cpopMupoBaHHBIX B Tesodase.

2. @opmupoBanue BepereHa neneHus B MKII TabGaka mnpoMcXoauT MOCPEICTBOM
MexaHu3Ma «outside-in», To ecTh popmMupoBanue GUOPHILT BEpeTeHA TPOUCXOIUT OT
KOPOTKHUX IIyYKOB JIE3UHTETPUPOBAHHOIO IepuHyKieapHoro kombia MT 1o
HaIIPaBJICHUIO K XPOMOCOMAaM.

3. BwisiBnen psn anomamuii meiioza B MKII TpancreHHblx pacteHmii Tabaka C
MYTAHTHBIM (DEHOTHUIIOM, SIBIISIOIIUXCS YAOOHON MOJAENBIO ISl U3YYCHUS TUHAMUKH
LUTOCKEJETA.

4. Tloka3aHO, YTO LUTOMHUKCHUC U MPEKIAECBPEMEHHbI LUTOKMHE3 B MEPBOM JIEJICHUU
merioza B MKII TpaHcreHHblx pacTeHMil Tabaka C MyTaHTHBIM (DEHOTHIIOM HeE
SBIISIIOTCSL CIICACTBHEM HAapYyIICHUN TUHAMHKHA MHKPOTPYOOUKOBOTO IUTOCKEJETA.
[IpexneBpeMeHHBI IUTOKMHE3 OOYCIIOBJCH BHEIUIAHOBOW aKTHBAIlMEH CHUTHAaa,
3aIyCKAarOIIEeTo MpoIecc 00pa3oBaHUs TIA3MAaTHUYECKOW MEMOPAHBI.

5. YcTaHOBJEHO, YTO MOBOPOT fAnep B mpodaze 2 SBISETCS YACTHIO MEXaHH3Ma
OpHUEHTAIIMU BEPETEH BTOPOT'O JACIICHUS.

6. [lpuunHON HapylIeHHs MONOXKEHUS TPOoda3HBIX SIep M, COOTBETCTBEHHO, BEPETECH
BTOPOTO  JIeJIeHUs  SIBJSIETCS ~ HapylIeHHEe  IPOLECCOB  MOJMMEpPHU3ALUU-
JenoauMepu3anuu 1 B3auMojenctBus (+)-koHioB MT B mosmgueit temodaze 1 —
WHTEpPKUHE3e U B mpodase 2.

7. DioHrauuss MHUKPOTPYOOYEK NEPUHYKJICAPDHOW CHUCTEMBI Ha CTaJUU paHHEH
npoMetadaspl  ABISETCS 00s3aTeNbHBIM  yclioBUEM (opmupoBaHus  (Gpuodpus
BEPETECHA JICTICHMUSL.

8. ®opMUpOBaHUE CIUTHBIX BEPETEH BTOPOrO JEJCHUS TPOUCXOTUT B pe3yjbTaTe
dopMupoBaHUs 00bEIMHEHHBIX CTPYKTYp LIUTOCKENETa B mpodasze - npomeTadaze 2
IIPU AaHOMAJIBHOM COJIMYKEHUU SITIep.
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