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BBenenue

[TonoBoe pa3MHOXKEHHE SIBISIETCS OTHUM M3 BAKHEHIIMX HWHCTPYMEHTOB (HOPMHUPOBAHUS
TeHETUYECKOrO pa3HOOOpasust opraHu3MoB. B nukoil npupone oHO 00yciaBIMBaeT MOCTOSIHHYIO
CMEHY T€HOTHIIOB MOMYJSALUN, TEM CaMbIM OOecreurBasi MaTepuan AJs aJaliTUBHON 3BOMIOIHH.
OO0pazoBaHue pa3IMnYHBIX KOMOMHALIMN T'€HOB B XOJ/I€ JAHHOI'O IpOIecca CIIOCOOHO MPUBECTH K
MOSIBJICHUIO 0O0JIee MPUCTIOCOOJIEHHOTO K YCIOBUAM cpenbl ¢eHoThna. TeM He MEHEe, ITOT Ke
CHOCO6 PASMHOXKCHUA MOXKCET IMPUBCCTH K PACHICIINICHUIO ITOJIC3HBIX IMPU3HAKOB B IMOTOMCTBC,
BBUJly 4ero Hocienyrollue MOKoJeHus He OyayT oOmajgare 0COObIMHM CBOMCTBaMHU pPOIUTENEH.
JlanHas mpobiemMa OCOOEHHO akTyallbHa B 00JacTsAX, CBA3AHHBIX C CeJNEKLUMEH pacTeHH H
YKUBOTHBIX, HAIIpUMEp, B CEIbCKOM X03siiicTBe. CrieninaibHO BBHIBEJIEHHBIE COPTa PACTEHHUI paHO
WM MMO3OHO TCPAIOT XapaKTCPHBIC I HUX KA4E€CTBa M3-3a Pa3MHOXCHUA ITOJIOBBIM IIYTEM, YTO
HE TO03BOJIIET KYIBTUBHPOBATh UX B JOJITOCPOYHON NepcnekTuBe. becnonoe pa3sMHOXKEHHE Takxke
BCTPEYAETCsl y MpeICTaBUTENCH BBICIIMX pPAacTeHMH, HO Hambosee dacTod (opMOIl TakoBOTO
SBIISIETCS BEreTaTMBHOE pa3MHOKEHHE, HE CIIOCOOHOE CTaTh pelIeHHEeM MOCTaBICHHOM
HpO6J'I€MBI, BBUAY CJIOKHOCTH €T0 p€ajin3allvii B IPOMBIINIJICHHBIX MaciTadax.

AnbTepHaTHBOM ~ OecroioMy — pa3sMHOXKEHHMIO — 4yepe3  TKaHM  OpraHusma  Juis
arpoNpOMBIIIJIEHHOCTH MOXKET CTaTh AalOMHKCHC — IapTEHOTeHe3, HaONIolaeMblil y psjaa
pacteHuil B aAukoil mpuposae. [Ipu anomukcrce MOTOMCTBO OCTA€TCSl TEHETUYECKH HACHTUYHBIM
POOAUTEIIIO, U IIPHU 3TOM PASMHOKCHUE ITPOUCXOJUT YCPE3 q)OpMHpOBaHI/Ie CEMsH, a 3HAYUT €ro
BHE/IPEHHE B CEJIbCKOE XO3SHWCTBO He moTpedyeT pa3paboTKU CHEHUaTbHBIX METOIMK
BbIpaiiuBanus. K cokaneHuio, Ha JaHHBI MOMEHT MCKYCCTBEHHAs MHTETpalus JaHHOTO THUIa
pa3sMHOXKEHHSI B BBIpAIllMBaeMble COpTa HEBO3MOXKHA, TOCKOJBKY /10 KOHIIA HE YCTAaHOBJICHBI

MOJICKYJIAPHBIC MEXaHU3MbI €TI0 PCTYIIAINHA. He Tak JaBHO HCCJICOOBATCIN 06paTmm BHUMAaHUC



Ha pacteHus poga Boechera, xak Ha TOTCHIMATbHBIC MOJICIbHBIC OOBEKTHI IS H3yYCHUS
TCHETHYCCKUX acleKTOB allOMUKCcUca. Bubl, npuHaiexaiiie poay Boechera, odnanaror psaiom
0COOEHHOCTEH, 3HAYUTEIHHO OOJIEryaromuX H3Y4YeHHE TAKOrO THUIAa OECIOIOr0 Pa3sMHOKEHUS.
OcoOeHHBIE HMHTEpPEC MPEACTABISIOT AUIJIOWIHBIE THUOPUIBI JTAHHOTO poja, KOTOphIE
XapaKTEepU3yIOTCS BBICOKOM TIIEHETPAHTHOCTHIO aloOMHKCHCa, 00j7ajas MpU 3TOM TE€HOMOM,
OJMU3KOPOJICTBEHHBIM T€HETUICCKOMY MaTepuaty MOJOBBIX JIMHUH.

Heabr pa6orsr: COopka renoma Boechera divaricarpa nuanun M4B u ee cpaBHHTENBHBII
aHaynu3 ¢ reHomoM JuHuK ES517.

3amaun:

. Peanuzanms u cpaBHeHue pasznuuHbIX crparerwii de novo coopku simepHor JIHK ¢
Lebl0 BhIABIEHUS Haubosee 3(dekTUBHOro moaxoaa K padoTe ¢ BBICOKO I'€TE€PO3UTOTHBIMU
OpraHU3MaMH.

o Coopka u amHortanus xjoporutactHoii JIHK Boechera divaricarpa M4B ¢ ee
MOCIIENYIOIUM (PHIIOTEHETUIECKUM aHAITU30M.

. ITonck rena APOLLO B mnonyueHHOW cOOpke M MOCIEIOBATEIBHOCTAX JIPYTUX

npeacTaBuTeeii poaa Boechera u manpHei i GHUIOreHETUYSCKHI aHAIN3 110 ATOMY MapKepy.



I'maBa 1. O030p suTepaTrypbl

1.1 I'ameropuTHBI ANMOMMKCHC H €ro Ppojb AJdsA HHTeHCHPUKALUU
CEJILCKOI0 X035/CTBA

ATIOMUKCHUC - TIporiecc OECroioro pa3MHOKEHHUS PACTCHHH C TIOMOIIbIO CEMsIH, KOTOPBIN
MPHUBOIUT K (POPMHUPOBAHHIO TreHeTHYeCcKH uaeHTrnaHoro moromctsa (R. A. Bicknell & Koltunow,
2004; Grossniklaus, Nogler, & van Dijk, 2001; Kotani et al., 2014; Nogler, 1984). Eciu Bo Bpems
MIOJIOBOTO PAa3BUTHS SUIEKIETKA M IEHTPaJbHAs KIETKA OIUIOJOTBOPSIOTCS KaXKAas OJHHM
CliepMHEM, B CIEICTBHE 4Yero oOpasyeTcs AWIUIOWAHAs 3HUroTa, IO03KE pa3BHBAOLIasCS B
3apoAbII (KJIETKH KOTOPOTO COZIEp KaT OJMH MAaTepUHCKUM W OAMH OTLOBCKUN reHoM lm: 1p) u
TPUIIOUAHBIN 3HAOCHEPM (KJIETKH KOTOPOIO COJepKaT OJUH MaTepUHCKHM M J1Ba OTIIOBCKUX
renoma Im: 2p) coorBercrBenno (Dresselhaus, Sprunck, & Wessel, 2016), to B cny4ae
allOMHUKCHCA 3apojblml  (OpMHUpPYeTCs KaKk KIOH HEpPeIylUPOBAHHONH MAaTEepUHCKON KIIETKH
CEeMSMNOYKN (MaTpOKJIMHHOE HaclieoBaHue). B oOmiem ciydae, A anoMHKCHCa XapaKTE€pPHBI

CIEAYIOIIUE CBOKCTBA!

o OTCYTCTBHE PEIYKIIMOHHOTO JIeTICHHS (aroMeno3);

o pa3BUTHE 3apojblllla M3 HEPEAyLMPOBAHHON SUIEKIETKH O€3 OIUIOJOTBOPEHUS
(mapreHorexes);

o dbopmupoBaHue (QYHKIMOHAIBHOTO JHAOCIEPMAa WJIM aBTOHOMHO, WM  TIPH

OILJIOZIOTBOPEHUH IICHTpaibHOU KieTku (mceBmoramusi) (Hand & Koltunow, 2014; A M
Koltunow, 1993; Anna M Koltunow & Grossniklaus, 2003; C Spillane, Steimer, & Grossniklaus,
2001).



[71aBHBIM HEOCTATKOM TIOJOBOTO PA3MHOXKEHHUS Il CEJIbCKOTO XO3SIMCTBA  SIBIISETCS
pAaCILEIUICHUE MOJIE3HBIX IMPU3HAKOB POIAUTEN B IMOCICAYIOIIMX MOKOJEHHSIX IMMOTOMCTBA, YTO
BBIPAYKAETCS B TIOTEPE BBHITOIHBIX KOMOMHAIIMIA T€HOB U MX aJUIEJICH B MOCICTYIOIINX TTOKOJIECHUSIX
(Brukhin, 2017; Charles Spillane, Curtis, & Grossniklaus, 2004). Jlanxast mpoGiiema ctana OgHOU
W3 IPUYMH BO3POCILIErO 3a IMOCJIEAHHME JBa ACCATUIIETUS HMHTEpEca K M3YYEHHUIO AllOMUKCHCA,
Onmaromapsi €ro TIOTCHIIMATLHOW BO3MOXKHOCTH 3a()MKCUPOBATh IIEHHBIA, C TIO3HIMH €T0
CENIbCKOXO3SMCTBEHHBIX KayecTB, HA0Op Te€HOB B HEOTPAHHMUEHHOM psily TOKOJICHHH. VHbIMH
CIIOBaMU, BHEIPEHHE MPU3HAKOB allOMUKCUCA B KYJIBTYpPhI BHIPAIIMBAEMbIX PACTCHUN MOIJIO Obl
CHOCOOCTBOBATh JOJITOCPOUYHOMY 3aKpPEIJICHHUIO CBOMCTB, YHUKAJbHBIX MJI BBIPAIIMBAEMBIX
copToB pacteHuwid. JlaHHBII moaxom oOnerymsa OBl KYJBTHBHPOBAaHHME MHOTHX COPTOB, B
OCOOCHHOCTH TE€X, 4YTO IOJydeHbI B pe3yJabTaTe THOPUAM3AIMN W IPOSBISIOT CBOWCTBA
rerepo3uca, M, Kak CIEACTBHE, MPEAOCTaBUI Obl MPOU3BOJACTBAM OOJETYEHHBINM IOCTYN K
BhICOKOypOkaiiHbiM rubpuaam (Conner & Ozias-Akins, 2017; Charles Spillane et al., 2004). B
JINTEPATYPE YXKE OCBEIIECH PsiFi BOZMOXKHBIX BAPUAHTOB HCIOJIb30BAaHUS AIIOMHKCUCA B CEJIBbCKOM
XO3SIIICTBE, MPU3HAHA €0 BAXKHOCTh HE TOJBKO JJISI CO3/IaHUs YCTOMUUBBIX KYJIBTYP PAaCTCHHH, HO
U B aclieKTe MpoaoBojIbCTBeHHOM Oe3omacnoctu (Conner & Ozias-Akins, 2017; Jefferson, 1994;
Anna M Koltunow & Grossniklaus, 2003; Charles Spillane et al., 2004). K coxkanenuto, cpeau
KYJIbTUBUPYEMBIX PAaCTEHHUI OBLJIO HaWJEHO KpailHe Majl0o €CTECTBEHHBIX allOMUKTOB, a IMEPEHOC
CIOCOOHOCTH K allOMUKCHUCY TPH TOMOIIM WHTPOTPECCHH OT MPHUPOAHBIX AllOMUKTOB TOKa HE
yBeHuascs ycrexom (Savidan & others, 2000).

Jlns BHeApeHUs armoMHUKCHCA B CEIbCKOXO3SHCTBEHHBIE KYIHTYphl HEOOXOAMMO MOHHUMaHHUE
MOJIEKYJIIPHO-TEHETUYECKUX OCHOB €r0 PEryjsiliid B MPUPOJE, a TAKKE HW3YYEHHE T€HOMOB
TIOJIOBBIX Y QllIOMUKTHYHBIX JIMHUW C LEJBIO0 BBISBICHUS T€HETHUYECKUX BAPHUAHTOB, OTBEYAIOITUX
3a peanu3aldio JaHHOTO THUIAa pa3MHOXKEHUs. B HacTosmee BpeMs Uil HUCCIEI0BaHUS
TeHETUYECKOW PEeTYIAlUYd arlOMUKCUCA HCIONB3YIOT: 1) aHanu3 MYTaHTOB MOJOBBIX JIMHHM,
MIPOSIBJISIIONITUX HEKOTOPhIE CBOMCTBA armoOMUKCHCA; 2) H3O0JSIMIO PEJIEBAHTHBIX TE€HOB U3
npupoaHbx anomukToB (Barcaccia & Albertini, 2013; Conner & Ozias-Akins, 2017; Grimanelli,
Leblanc, Perotti, & Grossniklaus, 2001; Pupilli & Barcaccia, 2012). BaxxHbIM acniekToM st
W3YYCHUS allOMHUKCHCA SBISETCS] BEIOOP MOAXOSIIETO MOICTBFHOTO PACTEHHSI, KOTOPOE TTO3BOIUT
00J1eTunTh pactmuppPOBKY MOJICKYISIPHBIX MEXAaHU3MOB, JICXKAINX B OCHOBE alTOMUKCHCA.

Tpu poma pacreHudl, NoNyduBIIME HAMOONBIIYIO TONYISIPHOCTh CpEAM HCCienoBarenen
arlomukcuca, Hieracium, Paspalum u Pennisetum — o61agaroT OOJBIIAM T€HOMOM U SBJISIOTCS

MOoJIMIUIOnAaMHu, 4TO, B ILICJIOM, CIIPABCAJIMBO U IJIA OOJIBIIIMHCTBA APYTUX IIPUPOAHBIX AITOMHUKTOB
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(Asker & Jerling, 1992; Hojsgaard, Klatt, Baier, Carman, & Horandl, 2014). Hecmotps Ha TO,
910 00a KadyecTBa 3HAYUTENBHO YCIOXKHSIOT MOJEKYISIPHO-TEHETHYECKUE HWCCIICOBAHMSI,
M3YYCHHE JTHX PACTEHUH TO3BOJMIIO IOJYYUTH OTPOMHOE KOJMYECTBO HOBBIX JAHHBIX 00
anomukcuce u ero Mexanmsmax (R. Bicknell, Catanach, Hand, & Koltunow, 2016; Conner &
Ozias-Akins, 2017; Ortiz et al., 2013). B omiMuue OT BBIIIENIEPEUUCACHHBIX MOIEIBHBIX
o0bekTOoB, Boechera spp. o0nagaeT OTHOCUTEIBHO HEOOIBIIMM TeHOMOM (IpuOIM3uTeNbHO 170-
230 MIJIH. Map OCHOBAHUM) U SIBJIETCS €JUHCTBEHHBIM U3BECTHBIM POJIOM, B KOTOPOM allOMHKCHC
nposiBisieTcs Ha gurutongHoM ypoBHe B mpupoae (BOCHER, 1947; C. Dobes, Mitchell-Olds, &
Koch, 2004; T F Sharbel, Mitchell-Olds, Dobes, Kantama, & de Jong, 2005). K tomy e,
Boechera spp. maxoaurcs B Giiu3kom pozctse ¢ Arabidopsis thaliana — momynsipabiM MozeIbHBIM
00BEKTOM, XOPOIIIO M3YYCHHBIM C MO3UIUN MOJIEKYJISPHON T€HETUKH M aHHOTAIMUd TC€HOB M WX
¢byukimii. Tem He MeHee, amoMuktam Boechera spp. Takke mnpucyn] ¥ psAa  CBOKCTB,
OCJIOXKHSIFOIIUX TPOBOJMMBIC HAa HUX HCCICJIOBAaHMS: KpalHE BBICOKAs T'€TEPO3UTOTHOCTD,
CKJIOHHOCTh K aJUIOTUIOMJMUA ¥ aHEYIUIOWIUHM, 4YTO, OYCBUIHO, SIBISICTCS CJIEICTBUEM
ruOpuIU3alyy, 4acTo Habmromaemoi y atux pactenuii (Koch, Dobes, & Mitchell-Olds, 2003;
Mandakova, Schranz, Sharbel, de Jong, & Lysak, 2015; Schranz, Dobes, Koch, & Mitchell-Olds,
2005). DT 0COOECHHOCTH 3HAYMTENILHO YCIOKHSIOT 337a4d MO3TAHON COOPKH U (ha3supOBaHUsI

F€HOMOB allOMUKTHYHBIX TuHUM Boechera.

1.2 TakcoHomusi U cpexa oduTanusi HanOoJiee BAKHBIX NPEACTABUTEICH
pona Boechera

Pox Boechera otHocuTCsI K ceMeiCTBY KPECTOIBETHBIX, B OOJIBIIMHCTBE CBOEM IMPEICTABICH
CEeBEpOAMEPHUKAHCKAMH JIBYXJIETHUMH WM MHOTOJIETHHMH TpPaBaMH, C XapaKTEPHBIM IS HUX
rafuIONIHBIM HAaO0oOpoM XpomocoM N=7. Panee 3T BBl ObUTM BKIIOYEHBI B pox Arabis, Ho,
MOCKOJIBKY JUist Arabis Spp. cBOWCTBEHEH raluIonIHBII Ha0Op XpOMOCOM N=8, ObUIN BBIACICHBI U3
Hero (Love & Love, 1975). MonekynspHO-TeHETUUECKUE JJAHHBIE TAK)Ke OATBEPKIAIOT PA3HUILY
MEXy TPEICTAaBUTEISIMH JABYX POJOB: OBLTO TIOKA3aHO, YTO MX CXOACTBO HOCHUT KOHBEPTEHTHBIN
XapaxkTep, JAEMOHCTPHPYIOIIUI BE JBONIONMOHHO-HE3aBHCUMBIC JMHHUHM BHYTPH CEMEHCTBA
Brassicaceae (Al-Shehbaz, 2003). HenmaBuo, Onaromapsi HCIIOJB30BAHUIO MOJICKYIISIPHBIX
MapKepoB, HCCIEHAOBaHUS B O0JAacTH CUCTEMAaTHKH poxa Boechera momyuywmnu nanpHeliniee

passutre. Ha manubiii moment B npenesnax(Beck et al., 2012) poma omucanst 110 Bugos, 71 u3



HUX — JIMIUTOM/IBI, MPEMOIOKUTEILHO PA3MHOKAIOIIHECS TIOJOBBIM MyTEM, XOTS TUIJIOUIHBIC
allOMHKTHI TakXke ObUTH 3auKCHpOBaHBI B JMTeparype; euie 38 BUIOB ObUIM ONpEAeTeHbI Kak
TPUILIOUIHBIC allOMUKTHI ruOpumoreHHoro npoucxokacuus (Windham & Al-Shehbaz, 2007).
Takum oOpazom, Boechera sipisiercs maThiM 1Mo BeluvIKMHE pogoM ceMeiicTBa Brassicaceae.

CylecTByIoIMe HMCCIIEI0BaHUs PENPONYKTUBHON Ouosornu Boechera spp. sarparuBaroT
OO0JIBIIIOE KOJIMYECTBO BUJIOB, CPEIM KOTOPBIX: IIUPOKO PACIPOCTPAHCHHBINM TOJIOBOW JIUILIOU]
Boechera stricta (Love & Love, 1975), mosoBbie ¥ anlOMUKTHYHbBIC JTHHAW PACTCHUH, TPEXKIIe
u3BectHele kak Boechera holboellii s. I. (sensu lato) (Bocher, 1947; Love & Love, 1975), u
arOMMKTHYHBIC THOPHU/IBI, paHee OTHOCHMBIE K Buay Boechera divaricarpa (Love & Love, 1975;
Windham & Al-Shehbaz, 2007). Buny Boechera gunnisoniana takxe Obu10 y/ieineHO BHUMaHHE B
paboTax HEKOTOPBIX HCCIICAOBATEICH, HO OH IOJIb30BAICS Kylda MEHbBIIEH MOMYISIPHOCTHIO, YeM
BhILICTIEpeunciicHHbIe mpeacrasurenu poxa (Kirioukhova et al., 2018; Schmidt et al., 2014;
Taskin, Turgut, & Scott, 2009). IIpoune BHabI ObLIM B OOJBIIHHCTBE CBOEM HCIIOJb30BAHbI IS
M3yUYCHHSI TOJILKO OTJENBHBIX acnekToB anomukcuca (Aliyu, Schranz, & Sharbel, 2010; Corral et
al., 2013; Lovell et al., 2013).

Jlo HemaBHero BpeMenu IureiicronenoBeiii peaukT B. holboellii  (Arabis holboellii)
paccMarpuBaliCsi KaKk BHUJI C JAU3BIOHKTUBHBIM apeagoM (T. €. COCTOSIIMM H3 HECKOJIbKUX
reorpauueckd HM30JMpPOBaHHBIX paiionoB) (Bocher, 1951). Tem He MeHee, HeIaBHUE
HCCIIEIOBAHHS CHCTEMATUKU POJia ¢ MCIIOJIb30BAHUEM MOJICKYIIIPHBIX MapKEpOB MOKa3alid, YTO
JTAHHBIA TaKCOH SIBISICTCS TOMU(PHICTUISCKAM, BKIIOUAIOIIUM B Ce0s1 MHOXECTBO 000COOICHHBIX
BunoB (Alexander et al., 2013). B mnacrosimee Bpems mox B. holboellii monumaror
UCKJIFOYUTEIBHO JIMHKUH, Mpouspactaronie B [pernananu. OHU BKIIOYAIOT B CeOsl TMOJNOBBIC U
AIMIOMUKTHYHBIE JWIDIOMIHBIE W TPUIUIOWAHBIE (OPMBI, M IOCIAEIHHE, B OTIMYHE OT
CeBEPOaMEPHUKAHCKHMX BH/IOB, O-BUAMMOMY SIBIISIOTCS AyTOTPHUILION IAMH.

Bxurouennsie panee B rpymmy B. holboellii o6pasupr u3 CeBepHoit AMeprku ObLIH BbIZCICHBI,
KakK psj BUIOB, oOpasyromuii aramubiii komruieke (Stebbins, 1950). OcHoBy 3TOr0 KOMILIEKCa
COCTABJISIIOT YETHIPE JMIUIONIHBIX IMOJIOBBIX BH/A, B KOTOPBIX, TEM HE MEHEE, HE MOXET ObITh
UCKJIIOYEHO TpPUCYTCTBUE (pakyabraTtuBHOro amomukcuca: Boechera collinsii, Boechera
pendulocarpa, Boechera polyantha, Boechera retrofracta. OcraibHbie BUABI SBISIOTCS
TPHUIUIOMIHBIME ~ allOMHKTaMH THOPHIOTEHHOTO IPOHUCXOXKIECHUS, W WX MOPQOIOTHS B
3HAYUTEIILHOW MEPE COOTBETCTBYET MOP(OIIOTHH POTUTEIHCKUX MOJOBBIX BUAOB. Cpeau TaHHBIX
ruOpuoB BeIIEst0T: Boechera consanguinea (retrofracta x fendleri), B. goodrichii (retrofracta

x gracilipes), B. grahamii (stricta x collinsii), B. pauciflora (sparsiflora x retrofracta), B.



pinetorum (rectissima x retrofracta x sparsiflora), B. quebecensis (holboellii x stricta) u B.
tularensis (retrofracta x rectissima x stricta) (Windham & Al-Shehbaz, 2007). Bux B.
quebecensis pacnpocTpaHeH B H30JMpOBaHHBIX paiioHax Ceepo-BocTouHoit Amepuku, 4To
mojipa3yMeBacT MPHCYTCTBHE B MPOILIOM HAa CEBEPOAMEPHKAHCKOM KOHTHHEHTE €ro
npexamnonaraemoro npenka (I'pernanackoii B. holboellii s. 1.). C cucremarnueckoii TOYKH 3peHUS,
anomukTryHas B. divaricarpa, BepostHo, Hanbosee POOIEMaTHYHbBIN TPEICTABUTENb POJIA IS
aHaiM3a. B KiIaccMYecKoM TIPENCTaBICHUHM OOJbIIOEe pa3HoOOpasue THOPUIOB, OIHHUM W3
poauTeneil KOTopsIX sBisieTcs B. stricta (Bkimrouas rudpuasr B. stricta u B. holboellii s. 1.), 65110
oTHeceHO K Buay B. divaricarpa Bo MHOXecCTBe crareil, MOCBSIICHHBIX PEMPOTYKTHBHON
Oouonorun poxa Boechera. Takoe HeOpe)xHOE HCIOJIB30BAHWE BHJOBOTO Ha3BaHHS CIIOCOOHO
MPUBECTH K MHOYKECTBY IPOOJIEM U BBI3BATH HEJOIOHUMAaHHE MEXK/Y HCCIICIOBATEISIMHU, B CBSA3U
¢ vem Windham u Al-Shehbaz (2007) mocranoBuiu, yro Ha3Bamue B. divaricarpa cimemyer
yIOTPEOISATh UCKITIOYUTEIILHO B OTHOIICHHH PACTEHUH, COBMEINAIOIIUX reHoMbl B. stricta u B.
sparsiflora, Torma kak rudpuael B. stricta u B. collinsii 6sutu Beinenenst B Bua B. grahamii, a
umsti B. quebecensis 3akpenuiu 3a Bugamu, seisiomuMucs rudpugamu B. stricta u B. holboellii s.
|. B ToM cityyae eciii BTOpO#i pOJMTENb HE OMPEICIIcH, CIeAyeT MMEHOBAaTh ero Kak «rudpum B.
stricta», u3beras ncnosp3oBaHus Ha3Banus B. divaricarpa.

B KkauecTBe MEPCHEKTHBHON MOJENM Ui M3YYEHHs AallOMHUKCHCA OTAEIBHOIO BHHMAHHS
3acimyxuBaeT B. gunnisoniana. JlaHHbIA BHI MPEICTABICH TPHUIUIOUAAMH IPEAIOIOKHUTETHHO
THOPUIOTEHHOTO MPOMCXOXKICHUS, YbUMH POJMTEIISAMH SIBIISIOTCS TOJIOBBIE TUILIOWIHBIC BUIBI
B. oxylobula u B. thompsonii (nocneanuit Bua takxke uszBecten nox HazBanuem B. pallidifolia)
(de Arias, 2015). B. gunnisoniana o0;agaet CiaeayronMMH BhIICISIOIIUMHUCS CBOMCTBAMU: TIOUTH
obnurarHelii niceBnoramubiii anomukcuc (Roy, 1995; Schmidt et al., 2014), manbsie pa3zmepsl
pacTeHui, OTHOCUTEIBHO OBICTpOE pa3BuTHE (IPUMEPHO 4 Mecsla OT MOCAIKU 10 MOTyUCHHS
cemsH). HecMmoTps Ha TO, YTO MOJaBJsIONIce OOJBINMHCTBO pacTeHuit poma Boechera
npouspacraioT B CeBepHOit AMepuKe, /1Ba BHIa ObLTH OIMMCAHBI U B JAILHEBOCTOYHOM PETHOHE
Poccun, uyto gBnsercs mpumepoM Iu3bIOHKIMK BO ¢uiope Bocrounoit Asum u CeBepHoit
Awmepuku. ITepserii, B. falcata, cormacHo aHamu3y MOJIEKyISPHBIX MapKepOB COCTOMT B OJIHM3KOM
POZICTBE C XOPOIIO W3YyYCHHBIMH CeBepoamepukaHckumu amomuktamu (Boechera s. s.) (Al-
Shehbaz, 2005; Alexander et al., 2013; Kiefer, Dobes, & Koch, 2009), u 3Ta cBsi3p BBI3BIBAET
OOJIBIIION MHTEPEC K M3YYCHHUIO JaHHOTO BHUJIA, MMOCKOJBKY MOIPa3yMeBaeT BO3ZMOKHOE HATUYUE
arlOMUKCKCa BHYTpH Hero. Bropoit Bua, sHaeMuk bBalikaibCKOro permoHa W JPYTHX PErHOHOB

HanmsHero Bocroka Poccum, Hocur HaszBanue Borodinia (BeposTHO, TakXke IOMYCTUMO



HCIIONB30BaHME pPOmOBOro HasBanus Boechera) macrophylla. TIpoBencHHBIC MOICKYISIPHO-
TCHETHYCCKUE HCCIICJ0OBaHMs TI0Ka3ajd €ro TECHYKH CBs3b C CeMblo Bugamu Boechera,

npouspacraroiumu Ha Boctoke Coenunennbix Lltaror Amepuxu (Alexander et al., 2013).

1.3 IMpeumymecTBa poxa Boechera nis nzyyenus amomukcuca

Panee pasnuunble BHIBI pacTeHui poga Boechera vacto ucrosibp30BaIMCh B MCCIICIOBAHUSIX,
MOCBSIICHHBIX 3BofoIMoHHOM 3komoruu (Rushworth, Song, Lee, & Mitchell-Olds, 2011), Ho 3a
HocjieiHee IeCATHIIETHE OHM TakkKe 00pesu MOMyIsPHOCTb B KAY€CTBE MOAETIbHBIX 00BEKTOB JUIS
W3YyYCHHs] TECHETHYECKHX OCHOB alOMHUKCHCA. JTOMY MOCIIOCOOCTBOBAIHM  CIEIYIOIIHE
NpEeUMYILECTBa KCIOIb30BaHus Boechera spp.:

l. bauskoe poxctBo ¢ Arabidopsis thaliana (Huang et al., 2016), mogensHBIM 0OBEKTOM,
IUIs. KOTOPOro cOOpaHoO M MPOAHAIM3UPOBAHO OOJIBLIOE KOJIMYECTBO IEHETUYECKUX JAHHBIX: €ro
T'€HOM IOJIHOCTBIO OTCEKBEHUPOBAH M NOAPOOHO MPOAHHOTUPOBAH, U3BECTHO MHOXKECTBO T'€HOB,
3aJIeiICTBOBAHHBIX B MICTIOJHEHUH PETIPOAYKTHBHOHN (PYHKIMH, YTO, OYEBHIHO, OOJIEr4yaeT MOUCK
T'CHOB, 33/ICHICTBOBAHHBIX B peajlM3alliy allOMUKCUCA Y MpeacTaBuTeseh pona Boechera,

Il. OTtHOCHUTENBHO HEOOMBINOM pa3mep reHoma: ot 170 10 230 MIIIIIMOHOB NTap OCHOBaHM;
II. Hanuyue anoMukcrca He TOJIBKO Y MOJUIUIOUAHBIX (POPM, HO TaKXKe M Y AUIIOUAOB (2N
= 14), B ommuMe OT MHOXECTBa Ipyrux pacreHuii-anomukroB (Bocher, 1951; Lovell,
Williamson, Wright, McKay, & Sharbel, 2017; Voigt-Zielinski, Piwczynski, & Sharbel, 2012);
V. dopMupoBaHHE HEpeAYLUPOBAaHHBIX CHOP B Ipoliecce AMIIOCIIOPUHU Mo Taraxacum-
turty (Crane, 2001), oudeHp mOXOXKeH Ha MEHWOTHYECKOE [e/ICHHE TIPH TOJOBOM THIIE
pPa3sMHOXKEHHUS, HO B X0JIe Hee (POPMHUPYIOTCS IBE HEPEAYIIMPOBAHHBIC KIETKH-TIPENIICCTBEHHHIIBI
CTIOp, BMECTO YETHIPEX KIETOK C TalyIOWHBIM HabopoMm xpomocoM. [Ipu 3Tom pasHbie 00pasiisl
JIEMOHCTPUPYIOT pa3jMyHble BapHAHTHl KOHTAKTa MEXAY KIETKAaMHM — OT TIOJHOCTbHIO
COXpaHMBILEHCS CBA3H, 10 MOJTHON H3OJSINH;
V. ATNOMHUKTHYHBIE JIMHMKM poma Boechera sBnsioTcs mCeBIOraMHBIMH, 4YTO PEIKO
BCTpevaeTcs y pacTenuii ¢ qurutocniopueii (Talent, 2009);
VI. Anomukcuc |y mpexacraBureneii Boechera spp. Bcerma HocHT  (akynbTaTHBHBIN
XapakTep, YTO MO3BOJSIET MPOBOJAUTH TMOPHIM3AILMIO M ONpPEACICHHbI TeHETHYEeCKU aHalu3

JaXE 'y paCTeHI/Iﬁ BUJ0B, C O4YCHb BBICOKOM MNEHCTPAHTHOCTBIO JAHHOT'O THUIIA PA3MHOXKCHH
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VIL. Hamuune B pomy Boechera kak momoBbIX (pa3sMHOXAMOIIUXCS MPEHMYIIECTBCHHO
MIOJIOBBIM CIIOCOOOM), TaK M allOMUKTHBIX BUIOB, IPEACTABUTENIN KOTOPBIX 00JaIal0T Pa3IMIHOM
IUIOUTHOCTBIO M TeorpaguuecKuM pPacHpOCTPAaHEHHEM, HO TEHETHUYECKUE pa3Uuus MEXITY
MHOTMMH U3 HHUX KpallHe MaJbl, YTO 3HAYUTEIBHO OOJeryaeT IOUCK TOMOJIOTUYHBIX
MIOCJIEZIOBATEILHOCTEN B MOJIEKYIISIPHBIX UCCIICIOBAHUSAX;

VIIIL. [Monossie uHrK Boechera spp. sBisIOTCS cCaMOCOBMECTUMBIMH M CAMOOIIBLISICMBIMH, B
OTJINYHE OT TOJIOBBIX BHJIOB, JIEXKAIIUX B OCHOBE 00pa30BaHMUs OOJIBIIMHCTBA TPOYUX AlIOMUKTOB;
Kak CJICJICTBHE BO3MOKHOCTH CaMOOIIBIIICHUS, TTOJIOBbIC JTMHUK poaa Boechera obnanarot kpaiine
HU3KOH reTepo3uroTHOCTHIO;

IX. Hanwume pa3pa0oTaHHBIX METOAMK JUISI TEHETHYECKOW TpaHCchopMamluu Yepes

COMaTHYECKHii HMOpUOreHe3 B KyJIbTypax TKaHed anoMukToB B. gunnisoniana u B. holboellii s. I.

(Taskin et al., 2009).

1.4 ILuTosMOpHOIOrHYecKHe HecaeaoBaHus B poae Boechera

[TepBbie MOAPOOHBIE MUTO-3MOPHOJIOIHYECKHE MCCIICAOBaHUS alloMUKcuca B ponae Boechera
ObLTH MpOBeaeHbI qatckuM OoTanukom Tyge W. Bocher (1951, 1947). Ou oOHapyXuil HaIH4nue
amomukcuca y Buga Boechera holboellii s. |. (umenyemoro um Arabis holboellii) cpenu
TUTUIOWIHBIX W TPUTUIOMIHBIX (DOpM, a Tak)Ke ONMMCAT METacloporeHe3 W MHKPOCHOPOTeHE3 Y
psijia TOJIOBBIX W allOMHUKTHUYHBIX TpeacraButeneii Boechera spp. u3 I'pennanaun u CeBepHOI
Awmepuku. OcoGeHHO MpUMeYaTeIbHO €ro onucanue GopM ¢ BapbUPYIOIIMM YIJIOM KOHBIOTAIIUH
XpoMocoM B npodaze Meiiosa |. OH Takke OTMETHIT HATMYKUE PACTEHUH C pa3IMYHBIMU YPOBHIMHU
TUTOMTHOCTH (B OCHOBHOM 2N U 3N, pexke 4N, 5N u 6N), mpucyTcTBUe aHeymion08 (2n = 16, 22,
23, 30) 1 mpeanonoKuI rHOpUIOTeHHOE TPOUCXOXKICHUE TTOCTEAHUX.

[Toutn 50 ner cmycTs TOUIaHACKO-POCCHIICKas HaydHas Ipymmna MpoBeia 3MOPHOIOTHYECKHe
uccie0BaHus MpocBeTieHHbIX mpenaparos B. holboellii s. . (o6pasuer u3 I'pennananu u mrara
Konopano CIIIA) ¢ ucnonb3oBanuem auddepeHmaisHoil nHTep)epeHIIMOHHO-KOHTPACTHOM
mukpockoruu (JIMK) u nporounoit nutomerpun (Naumova et al., 2001). HMccnenoBarensimu
ObUIO TPOJEMOHCTPUPOBAHO HAIW4YMe Kak Meio3a, Tak M amomeiio3a B mpolecce
meracrioporene3a (Pucynkn 1-3). IIpu ckpuHHHTE OOJNBIIOrO KOJMYECTBA CEMs3auyaTKOB OBLIO

IOATBEPIKACHO 06p330BaHI/Ie HCPCAYOUPOBAHHOIO  3apOJbIIICBOTO MCHIKA IOCPCACTBOM
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JIUILIOCIIOPUN U MTaPTEHOICHETUYECKOTO Pa3BUTUSA 3apOAbIIIA B allOMUKTUYHBIX PACTEHUAX POJa
Boechera. ¥ monoBeix BUI0B pa3BUTHE 3apOIBIIIEBOr0 MelIKa mpoucxonut no Polygonum-tumy
(Maheshwari,1950) (Pucynkm 1, 3): nuruionHas MaTepHUHCKAs KJIETKa METacrop mpereprieBact
Meio3 ¢ 00pazoBaHUEM TETPajbl TAIUIOUAHBIX METaclop, TPU M3 KOTOPBIX JIET€HEPUPYIOT, B TO
BpeMsl Kak (YyHKIMOHAJbHAas Meracropa IIOABEpraeTcs TpPEeM MUTOTUYECKUM JICTICHUSIM,
BCJIEZICTBHE Yero oOpa3yeTrcs BOCBMUSACPHBIH CEMUKJIETOYHBIA 3apOABIIMIEBBIH  MEIIOK,
BKJIIOYAIONIMIA B ce0sl SHIEKIETKY, /JBE CHUHEPTHIbI, TPH KJICTKU-aHTUIIOABI, a TaKkKe IBa
MOJIAPHBIX S1/Ipa, KOTOPBIE CIMBAIOTCA, (HOPMUPYS TOMOAMUILIOUTHOE SIIPO LEHTPATBLHOM KIIETKH.
B nbuipHHMKaxX MaTepUHCKHE KIIETKM IBUIBLBI JAIOT HAyajao MbUIBLEBBIM 3€pHAM, IMOABEPrasich
Mei03y, B CJIEICTBHE KOTOPOrO 0Opa3yloTcsi TeTpaibsl MHUKpocmop. B nampHelmmeMm kaxias
MHUKpOCIIOpa TPETEePIeBaCT ACHMMETPUYHOE JICJICHHE, H3-32 4Yero oOpasylorcs Oosbiiast
BEreTaTMBHAs M MEHbIIAsg TeHeparuBHas KieTka. llocie onpuieHHs BEreTaTMBHBIE KIIETKU
IpopacTaroT, (GopMuUpys NBUIBLEBYIO TPYOKY, MpeJHa3HAYEHHYIO JUIsl TPaHCIOpTa CIIEPMUEB B
3apOIBIIIEBBI MEIIOK, @ TEHEpAaTHBHAS KJIETKA JICIUTCS eIIe pa3, o0pa3ys JBa CriepMusi, OAHH U3
KOTOPBIX BIOCJIEICTBUHU OIJIOJIOTBOPUT SIMIEKIIETKY, & BTOPOM COJBETCS C LIEHTPAIbHOM KJIETKOM;
BCE 3TO B pe3ylbTare NPUBOJUT K OOpPA30BAHUIO AMIJIOMAHOTO 3MOpPHOHA M TPUILJIOUIHOIO

supocnepma (Pucynku 1, 3).

- ¢ ¥ T % /2d T :

Pucynok 1. - Meiiotiueckuii crioporenes B 3apopiieBbix Menikax B. holboellii s. |. (A)
marepuHckas kietka meracrnopsl (MMC), nynemnyc (N); (B, C) terpama meracmop (TMS),
¢dyHkumonanipHas Meracrnopa (FMS) Ha xanazansHom koHiie; (D) onHosaepHbI MEHOTHYECKUI
3apoableBslid Memok (ES) ¢ octatkamu AereHepupyoNX HeQYHKIIMOHAIBHBIX METacrop
(MS); (E) 3pesbiit ceMUKICTOUHBIN 3apo/biiieBbiii Meniok Polygonum-tumna ¢ siinexnerkoii (EC),
naBymst cuneprugaMu (SY) U EeHTPaTbHON KIIETKOM, MMeroIei 1Ba mosspHbix sapa (PN)
(Naumova et al., 2001; Osadtchiy, Naumova, & Brukhin, 2017).
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PucyHok 2. - Anomeiioruueckuii crioporenes y B. holboellii s. I. (A) marepunckas kietka

meracnopsl (MMC); (B) nurutocniopuueckas auana (Dy); (C) onHokaeTouHbIH
JUILIOCIIOPUYECKHi 3apoabiieBslii Memok (DES) ¢ ocratkamu «meracmopsi» (“MS”); (D)
KaJl103a B KJICTOYHOU CTeHKe aurutocnopuueckoi auaapl (Naumova et al., 2001; Osadtchiy et al.,

2017).

=D

A* B* c* D* |
Pucynok 3. - Meiio3 u anomeiio3 B 3aposiiieBbix merikax B. holboellii s. I. (A-C, A*-C*) u

B. stricta (D, D*). (A, A*) meiiotrueckoe BepeTeHo Metadassl | nenenus meiiosa (Osadtchiy et
al., 2017).

B amomukTHBIX TUHHAX poaa Boechera murutocmopuueckuii armomeiio3 mo Taraxacum-tumy
(Crane, 2001) pacmpoctpanen Haubonee mupoko (Bocher, 1951; de Arias, 2015; Naumova et al.,
2001; Schmidt et al., 2014). Tlpu MeHOTHYECKOH IMIUIOCTIOPUU 3aPOJBIIIEBBIA MEIIOK
MPOUCXOUT OT MATEPUHCKOW KJICTKHA METacrop, MOABEPraioIeiicss MeHo3y ¢ OTKIIOHCHUSIMU B
cerperamui XpOMOCOM, YTO MPUBOAUT K OOpPA30BAHUIO JHA/IbI HEPEAYIHPOBAHHBIX METAcIop.
XapakTepHOil 0COOEHHOCTHIO MATEPUHCKOM KIECTKH METacrop SIBISETCS OTCYTCTBHE OTIIOKCHHUS

kayuto3bl Bokpyr kietku (Nogler, 1984; Rodkiewicz, 1970), HO B ciiyyae BBIIICYIIOMSHYTOI

13



Tuanbpl Kajuioza Oblla HaleHa MEXIy JABYyMs ee kieTkamu. HambOosnee vacto Habmromaercs
dopmuposanue nuaa (Roy, 1995; Schmidt et al., 2014), xots peakue TpUaabl U JaKe TETPaJbI
takxe Berpedarotres (Schmidt et al., 2014). XanazanbHast KieTKa JAUajbl TPOXOAUT TPU payHa
MHUTO3a, B PE3yJbTaTe 4Yero oOpa3zyercsi HepeaylMpPOBaHHBIA BOCHMHSIICPHBIA 3apObIIICBhIH
MEIIOK, MOp(hOJOrHUeCKH COoTBeTCTBYromui Memky Polygonum-tuma (Crane, 2001; Rojek et
al., 2018).

Panee cuuranock, 4To anoCnopuYECKUil alloOMEN03 PEIKO BCTPEUAETCS CPEIU MPEICTABUTEIICH
Boechera spp., HO HemaBHO ero Haju4ue OBLIO OMHUCAHO CPa3y Y HECKOJbKHX BHIOB. Cpeau
OIMCAHHBIX CIIy4aeB TOMAABISIONICe OOJBIIMHCTBO AOCIOPHUYECKUX 3apOBIIIEBBIX MEIIKOB
passuBasioch o Hieracium-tumny (Crane, 2001). MarepuHcKast KJeTKa METacop B 3TOM Cllydac
MOXKET JISTEHEPHPOBATh MIIM XK€ MOJBEPrarhCsi MEHO03y, YTO HAOIIOIAIOCh B PEIKUX cirydasx y B.
Microphylla (de Arias, 2015). V rubpumos B. stricta u B. retrofracta Obiia BbIsBICHA
aurutociopus o Antennatia-tuny (Crane, 2001), Ho ee wacToTa OKa3ajiach KpaitHe mana. [Ipu
aHaJM3€ CEeMSH METOJOM MPOTOYHOM IIUTOMETPHH OBLIO TAK)KE IMOKA3aHO, YTO MPOLICHT 3PEIIbIX
MOJIOBBIX CeMsiH (OTHOCHTEIBHO AMOMHKTHYHBIX) Yy BCEX KCCJICIOBAHHBIX allOMHUKTOB
3HAUUTENIbHO HMXKE, YeM TMPOLEHT MOPQOIOrHYECKH HOPMAaJIbHBIX MEHOTHYECKHX TETPal
(OTHOCHUTENBFHO MPOSBICHUH aromeiio3a). M3 aToro ciemyert, 4To B OOJIBIIMHCTBE CIy4aeB MeHo3
MIPOTEKAET C OTKJIOHCHHUSIMH OT HOPMBI, TIPUBOASIIAMHU K (OPMHUPOBAHUIO HEKHM3HECIIOCOOHBIX
CEMsIH, a caM alfOMUKCHUC CIVIa)KHBAET ATO sBJICHUE, 3allMIas pacTeHue ot oecrutonus (de Arias,
2015).

Y OOJBIIMHCTBA AalIOMHUKTOB, Pa3BHTHE IMBUIbIBI HE MOJIBEPKCHO KAKMM-THOO OTKIOHEHUSM,
OZIHAKO cpenu TmpejcTaBuTeneil poma Boechera amomeiio3 ObuT Takke OMUCAH H JUIS
mukpocnoporenesza (Bocher, 1951; Taskin et al., 2009). B ciny4ae TpUIUIOMIHBIX AllOMHUKTOB
Meito3 | Hapyrmaercsi, MOCKOJIBKY XPOMOCOMBI HE MOTYT MpaBWIBHO 0OO0pa3oBaTh Maphl B
naxuTeHe. XpOMOCOMBI MHTPUPYIOT K TPOTHUBOIOJIOKHBIM TOJIFOCAM TBUTBIICBOW MaTepPHUHCKOM
KJICTKU M JICKOHJICHCHPYIOTCS, 3aTeM ciefyeT 1uTokuHe3. [locie muToknHesa auana, B OTINYNE
OT MEUWOTHYECKOW TETpajbl, OKpPY)KeHa CTEHKON Kayuto3bl. B Meradasze | memeHus mbuibIeBOM
marepuHckord kietku B. holboellii oOHapyxena koHbroramms XpoMOCOM, NPHBOISMIAS K
oOpa3zoBaHHIO OW- M TPUBAJCHTOB, B TO BpeMs Kak amomeiio3 y B. gunnisoniana mporekaer 6e3
KakoW-In00 KoHboraruu. VcciaeqoBanus MUKPOCIIOPOTeHe3a aTOMUKTHYHBIX TPUIIOUIOB 3THX
BUJIOB TOKa3ajd, YTO OOJbINAs YacTh MX MbUIBLEBBIX 3€peH HEpenylMpoBaHa M 00pa3oBaHa
arnomeriornyeckumu nuanamu (98% mis B. holboellii u 90% nns B. gunnisoniana), Toraa kak

oCTaJiIbHasA 4YaCTb IbIJIbIBI O6pa30Ba.HaCB 3a cyeT Melo3a (‘-IaCTI/I‘-IHO aHOMaJ'IBHOI‘O), B XO0I€
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KoTtoporo (GopMHpYIOTCS TeTpaabl win Tpuaabl mukpocmop (Taskin et al., 2009), a B cinyuae
tpurionsoB B. holboellii moryr oOpa3soBbiBarecst qaske monazael (Bocher, 1951). MurmionaHbie
aroOMUKTBl 00J7a7at0T OOJbIICH BapUATHBHOCTHIO aroMeiioza. Y pasiMyHbIX H30ISTOB B.
holboellii xoubroraIUs ¥ KPOCCHHTOBEP B HOPME MTPOUCXOIAT B IAXUTEHE, YTO B OJHHUX CAydasx
MPUBOIUT K OOpa30BaHUIO PEIyLNMPOBAHHON MBUIBIBI, @ B JPYTUX — K (QOPMUPOBAHHIO
TPUBAJICHTOB M JaXe KBaJPHBAJICHTOB. HekoTopble mpeacraBuTenn Buia (GOpMHPYIOT B
OCHOBHOM JIMIUIOMJIHYIO TMIbUIBILY, TOTHA KAaK HWHBIC JEMOHCTPUPYIOT HAIUYUE HE TOJBKO
JIMILIOWIHOM, HO U ramtonanoi meutkiiel (Kantama et al., 2007; Kirioukhova et al., 2018; Taskin
et al., 2009). HccaemoBarensasMu OBUIO OTMEYEHO, KaK TUIUIOMIHBIC, TaK W TPUIUIOHIHBIC
AIMIOMUKTBI CIIOCOOHBI J1aBaTh PEAYIMPOBAHHYIO M HEPEAYLMPOBAHHYIO TBUIBIY B Pa3IUYHBIX
nponopuusx (Aliyu et al., 2010; Bocher, 1951; Voigt-Zielinski et al., 2012).

[lpu momoBOM pa3MHOKEHMH Yy TpeacTaBuTeneii poma Boechera mpoucxomuT aBOiHOE
OILJIOZIOTBOPEHHUE, TOTJA KaK MPH allOMUKCHCE UMEET MECTO TOJIKO OILIOAOTBOPEHHUE MOJIIPHBIX
saep. B penkux ciydasx Takke ynaercs OOHApPYKUTh IMOJHOCTbIO ABTOHOMHBIH arlOMHUKCHC
(Matzk, Meister, & Schubert, 2000; Naumova et al., 2001), npucymuii B OoJbIlei CTENEHH
TpUIUIOuAaM (BcTpeuyaeTcs: ¢ dacTtoroil 1o 15%), yem muruiomaam (dacrtota He Oonee 1,33%)
(Aliyu et al., 2010). Eme ogHuM peakuM cOObITHEM SBIsS€TCS (HOPMHUPOBAHHME 3apOABIIIEH C
YABOCHHBIM HA0OpPOM XPOMOCOM B pe3ylbTare CIUSHHUS HEPEAYIMPOBAHHBIX JKCHCKUX U
MyXCcKuX mojioBeix kietok (Naumova et al., 2001). Hanbosiee BaKHBIM BBIBOJIOM, C/ICIaHHBIM Ha
OCHOBAaHMU aHajHW3a CEMSIH TpPU [OMOIIMA TMPOTOYHON IUTOMETPHH B COOTBETCTBYIOIIMX
UCCIICIOBAHMSX, CTAJIO 3aKIF0YEHUE O TOM, UYTO BCE 3peiible ceMeHa, (POPMUPYEMBbIE alTOMUKTaMH,
OBLTH MOJTYYEHBI M3 HEPEIyLIMPOBAHHBIX KEHCKHX U Myxckux ramet (Naumova et al., 2001).

[TrouaHOCTh 3HAOCIEpMa allOMHKTOB BaphbHPYET B 3aBUCHMOCTH OT IIOHMJIHOCTH CIIEPMHEB,
HO HamOoyiee PaCHpPOCTPAHEHHBIM SBISETCS COOTHOIICHHE B 2 MAaTrepHMHCKHX TeHomMa K |
OTIIOBCKOMY. VICKITIOUEHUS, XOTS U C Kylla MEHBIIIEH YacTOTOM, HAOIIONAIOTCS, YTO YKa3bIBaeT Ha
OIpe/IeTICHHYI0 THOKOCTh CHCTEMBI HITH JKe Ha BO3MOKHbIe omnOku B Hedt (Aliyu et al., 2010).

AHanmu3 OOJBIIOrO KOJMYECTBAa CEMsH INECTHAJNATH BUAOB poxa Boechera mpu momorum
NPOTOYHOW IUTOMETPUM IOKa3aj, 4YTO JUIsl JAWIUIOMJOB CBOMCTBEHEH UIMPOKUI CHEKTp
PETPONYKTUBHBIX PEKHMOB: OT HCKIIOYHTENHGHO IIOJIOBOTO JO OJNHU3KOrO K OOJUraTHOMY
aniomukcuca. OneHka 4acTOThl aroMeiio3a, MOoJIOBOr0 M MapTeHOreHEeTHYEeCKOro (GopMUPOBaHUS
3apobIlIel, a TaKKe TIO0JIOBOTO, MCEBJOrAMHOTO W ABTOHOMHOTO Pa3BUTHs 3HAOCIEpMa
MoKasajia, 4To BCE€ HCCJICIOBaHHBbIC (DaKyIbTaTUBHBIC AllOMUKTBHI C OJHUM M TE€M K€ T'€HOMOM

obmaganu mu6o oueHb HU3KUM (1-3%), b0 oueHb BBICOKUM (87-99%) mporeHToM amnomeiiosa, B
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TO BpeMsl KaK MHIMBHUJBI C TIPOMEKYTOYHBIMH 4acTOTaMK He Habmomamucs. Kpome Toro, Bcem
TPUIUTOWIaM OBbLI MPHCYIN OOIUraTHBIA armomeios3. st KaXKaoro OTACIBHO B3SATOTO T€HOTHIIA
KOPPEISIMS MEKIY aroMEHo30M M MapTECHOTCHE30M, COYCTAIONIMMCS C IICEBIOTAaMHBIM HITH
ABTOHOMHBIM Pa3BUTHEM DHJIOCIIEPMA, TPOJEMOHCTPUPOBAJIA, YTO YACTOTHI MOCIEAHEr0 HUKOT/IA
He mpeBblmanu yactoTy amomeiioza (Aliyu et al., 2010). Takas 3aKOHOMEPHOCTb MOKET
yKa3bIBaTh HA TECHYIO B3aWMOCBS3b UX T€HETHYECKOTO KOHTPOJIS, a TaKKE Ha KIFOYEBYIO POJIb,

KOTOpasa OTBCACHA aHOMef/'IO3y Ha MOCJICAYIOIIUX 3TallaxX PasBUTHA allOMUKTA.

15 HOIIyJIﬂHHOHHO-I‘eHeTI/I‘IeCKI/Ie HCCJIICAOBAHUA AaAIllIOMHUKCHCA B pone
Boechera

WHora anmoMUKTHYHbBIE U TTOJIOBBIE JTMHUU poja Boechera moryr nmepecekarscs (Alexander et
al., 2013; Schranz et al., 2005). O4eBUIHO, YTO pa3TUYAIOIIAECS 1O CIIOCOOY Pa3MHOMKECHUS
JVMHUU JIOJKHBI HSBOJIOIMOHUPOBATH IOJ[ JICHCTBUEM pa3HBIX CWJI, a 3HAYUT — B Pa3HBIX
HanpapJicHUsX. PexkoMOMHAIMS Yy TIOJOBBIX JIMHUN YBEJIMYHBACT BEPOSTHOCTH YCTPaHCHUS
Bpennbix myranuii (Felsenstein & Yokoyama, 1976; Hill & Robertson, 1966), torna kak ee
OTCYTCTBHE Yy allOMHKTOB HAIpPOTHB, HE TO3BOJSET BOCCTAHABIMBATh JKU3HEHHO-BAXHBIC WU
alaNTUBHBIE AJJIETH TIPH UX HapyLIeHWW B Xoze MyTareHe3a. CiieoBaTesbHO, B alTOMUKTUYHBIX
JIMHUSX MOYKHO OXKHJIaTh HAKOIIJICHUS BPEIHBIX ayuieseld — (EeHOMEH, N3BECTHBIH KaK XparoBHK
Miomnepa (Charlesworth & Charlesworth, 1997; Muller, 1964). HemaBHue wucciemoBaHus,
HAIpaBlICHHBIC Ha CpAaBHEHHE allOMHUKTOB M IMOJIOBBIX JMHUN Boechera spp., moareepanmu 3tu
oxumanus  (Lovell et al., 2013, 2014, 2017). Lovell u coaBropsr (2017), wucmoms3ys
arMoOMHUKTHYHBIC U MMOJIoBbIe momyssinuu B. spatifolia, uccnenoBanu 3akoHOMEPHOCTH M3MEHEHUS
HYKJICOTHUZOB TpU 00OMX Crmoco0ax pa3MHOKECHHS C  TOMOIIBIO  MTOJHOTEHOMHOTO
CCKBCHHUPOBAaHUS. B  aNOMHUKTHYHBIX JIMHUSX WMH OBUIM  OOHApY)KEHBI IOBBINICHHOE
pasHooOpasue nocnenoBarensHocTel JJHK, reTepo3uroTHocTs, a TakKe MOBBIIICHHAs 4acTOTa
HakoruieHus: Mmyramuil. Cxoxum oOpazoM, B Oonee mupokoM o0030pe 37 ecTecTBEHHBIX
nomyJsinuMi  deteipex BuaoB Boechera spp. (B. stricta, B. retrofracta, B. polyantha, B.
pendulocarpa), mpu TOMOIIM MHUKPOCATSIUIMTHBIX MapKepoB, ObLIa MPOAEMOHCTPHUPOBAHA
aHAJOTWYHAs TCHJCHLMS: BHE 3aBUCHMOCTH OT IUIOMIHOCTH, YPOBEHb T'€TEPO3HTOTHOCTH Y

aIIOMUKTUYHBIX JIMHUH ObLT BbINIE, ueM y nonoBsix (Lovell et al., 2013).
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DBOJIOIUS alIOMUKTOB MPOMCXOMUT Onaromaps apeiidy reHoB u ectecTtBeHHOMY 0TOOpY (D.
Charlesworth & Wright, 2001; Glemin, Bazin, & Charlesworth, 2006). CnenctBuem OGonee
HU3KOH 3P PeKTUBHOCTH 0TOOPA, 0XKUTAEMON B aIOMUKTUIHBIX JIMHUSX, TOJDKCH OBITh pacTyIIUn
PUCK HCYC3HOBCHHS AllOMHKTOB BBHJY HAKOIUICHUS BPEIHBIX aJlIelied W HECIIOCOOHOCTH
aJlanTHPOBaThCS K HW3MCHEHHsAM oOkpykaromeid cpeasl (Muller, 1964). He cmorps Ha 3TH
npeanoiokeHus, pox Boechera mocrarouno pa3zHooOpaseH W BKIOYaeT B ceOs HECKOJIBKO
crabwibHbIx anomukTHuHbIX JimHUE (Alexander et al., 2013). HauOosiee BepOsTHBIM
OOBSICHEHHEM BBDKHBAHUS TIOCICTHHUX SIBISCTCS BHYTPH- U MEXBHUJIOBOW TOTOK T'€HOB BHYTPH
pona (Beck et al., 2012; Bocher, 1951; C. H. Dobes, Mitchell-Olds, & Koch, 2004; Lovell et al.,
2013; Schilling, Gompert, Li, Windham, & Wolf, 2018; Schranz et al., 2005; T F Sharbel &
Mitchell-Olds, 2001). OcHOBHO#1 TOTOK T€HOB MTPOUCXOIUT 10 HAITPABICHUIO OT MOJOBBIX 0CO0CH
K arnoOMHKTHYHBIM, B TO BpEMs KaK allOMUKTBI, Onaromaps CrocoOHOCTH (OPMHPOBATH
pPEeIyLMPOBAaHHYIO MBUIBILY, MOTYT OIBUIATH TOJIOBBIC JIMHUH, TiepelaBas UM JIOMUHAHTHBIHA
npu3HaK (MpPU3HAKK), HHUIUAPYIONIUH aroMUKCHC. B3auMHBIA TOTOK TEHOB MEXAY JTHHHSIMH
000UX THIIOB MOXKET MO3BOJIMTh MPOBECTH HHTPOTPECCHIO, Kak Obu1o mokazaHo Van DijK u coaBr.
(2009) na Taraxacum spp. Bosee Toro, anomukcuc y Boechera spp. sBisercs dakyabTaTHBHBIM:
OJIHM M TE€ K€ 0COOM CIIOCOOHBI MPOU3BOAUTH KAaK IOJIOBOE, TAaK U AllOMUKTHYHOE MOTOMCTBO
(Aliyu et al., 2010; Schranz et al., 2005). Takux cirydaeB BEpOSTHOTO MOJOBOTO Pa3MHOXKCHHUS Y
allOMUKTOB MOXXET OBITh JIOCTAaTOYHO JUISI OYWIICHHS TeHOMa OT BPEAHBIX MYTalWid u
BOCCTaHOBJICHUS MPUCITIOCOONIEHHOCTH JaHHBIX JTMHUM K MEHSIOLMUMCS YCIOBUAM cpefbl (Schon
et al., 2009).

Pasnmuunst B cuiie €CTECTBEHHOTO OTOOpa, JCHCTBYIONIETO HAa AllOMUKTUYHBIE M TIOJOBBIC
nonyssiuu B. spatifolia, 6putn onucansr Lovell u coasropamu (2014). OHu npoaHaIMu3upOBaIH
TpaJueHThl 0TOOpa, TMOCPEICTBOM COIMOCTABIECHUS TEHOTHIIHYECKHX MPHU3HAKOB C Mepou
OTHOCHUTENIbHON TMPUCIOCOONEHHOCTH, W OOHApYXKWUIH, YTO CHja aJanTHUBHOW SBOIIOLHU
3HAYUTEIFHO CHIKCHA Y AllOMUKTOB, OTHOCHUTEIHHO IOJIOBBIX JIMHUN. ATIOMUKTUYHBIC JIHHUU
00J1a1a MEHBIIMM Pa3HOOOpa3HeM KOIMYECTBEHHBIX H MOJICKYIISIPHO-TEHETHUECKUX MTPU3HAKOB
MEXy pa3HbIMH TOMYJISIUSIMU, HEXETH ToJoBble. KpoMe Toro, pa3nuyus Mex1y TOMyIsSIusIMU
arlOMUKTOB HE KOPPEIHUPOBAIM C M3MEHEHHSMH OKPYKAIOIIUK Cpedbl, TOrna Kak TeHOMHAas
CTPYKTypa U KOJIMYECTBEHHBIC YEPTHI MOJIOBBIX JTUHHUH JEMOHCTPHPOBAIN SIBHYIO 3aBHCHUMOCTH
OT IMIHPOTHI, KIUMATHYECKUX YCIOBUU, BBICOTHI, Ha KOTOpPOW oOuTanma momymsmus. [Ipocroit
HKCIEPUMEHT IO BHIPANIMBAHUIO PACTEHUH IMOKAa3aj, YTO y MOMYNIAINNA HAa BBICOTHBIX Y4acTKax

IIPOBOJAUJICA JKECTKHI 0T60p o BpPCMCHU MLBCTCHUSA; HTAHHOC Ha6J'IIO,Z[CHI/IC COTTIacyeTCsa C
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J1a00paTOPHBIMHU M TIOJIEBBIMHU HCCIICIOBAHUSAMH PEKOMOMHAHTHBIX MMOPEHIHBIX JTUHUN BHuna B.
stricta, 111 KOTOpbIX ObLT MOKa3aH HAIPABICHHBIM Xapaktep 3Toro ordopa (Anderson, Lee, &
Mitchell-Olds, 2011).

Psin wuccrnenoBareneld ONEHHMI TEHETHYECKYHO JIUHAMHKY U I(PQPEKTHBHOCTh €CTECTBEHHOTO
otbopa B momyssuusx Boechera spp. Bomee panHue pa®OThl MO MOMYJISAIUOHHON AMHAMUKE
nosoBbix BumoB B. fecunda (Song & Mitchell-Olds, 2007) u B. stricta (Song et al., 2009), B
KOTOPBIX OBLIH UCIOJIb30BAaHBI JAHHBIE O TIOCIICTOBATCIBHOCTSX HECKOIBKUX SJCPHBIX JIOKYCOB U
MHUKPOCATE/UIUTOB,  BBIABWIM  ONHM3KME YPOBHH mHoiduMopdu3Ma H  TONMYISIAOHHOH
maddepeHnran B 000MX BUIAaX, HE CMOTPS Ha 3HAYUTEIBHYIO PA3HHUIy MEXIY IIHPOKO
pacripoctpanenHoi B. stricta u wmcuesaromeit B. fecunda, oGnanmarorieid MEHBIIUM apeayioM.
CxoxuM 00pa3oM, MCCIIE0BaHUs, B KOTOPhIX CPaBHUBAIKCH PACIPOCTpaHeHHBIC BUIbI B. stricta
u B. latifolia ¢ penxumu Bumamu B. crandallii m B. vivariensis, He mnpomeMOHCTpHPOBAIH
3HAUUTEIILHOW KOPPEJSALMU MEXAy pa3MepoM apeaja BUJa W TEHETUYSCKUM pa3zHOOoOpasuem
Buytpu ero mnomymsuuit (Lovell & McKay, 2015). Tem He MeHee, Haubojee MIMPOKO
pacnpoCTpaHEHHBIM BHJaM OBbUIM CBOWCTBEHHBI BBICOKAs (DEHOTHIUYECKAs IUIACTUYHOCTh M
OoJibliasi TUCIIEPCHs 3HAUCHWH KOJMUYECTBCHHBIX IPU3HAKOB, TOIJIA KaK PEIKUE BHIbI ObLIH
MOJIBEPKEHBI ~ OoJiee  JKECTKOMY OTOOpYy 10 (EHOTHUIIMYECKUM TlapamerpaMm, O 4YeM
CBH/ICTEIbCTBOBAJIO COOTHOIICHHE TAKUX YacTO MPUMEHSEMBIX B IMOMYJISIUOHHONW T€HETHKE
nokasaresnei, kak unjaekc gukcarmu (Fst) 1 nHACKC PUKCAIMU KOMTUYECTBEHHBIX MPU3HAKOB (Qst).
B nanHom cnmydae cootHomenue Qst @ Fst ObUTO BBINIE, YTO M MO3BOJMIJIO CENaTh
cooterctBytomuii BeiBox (Lovell & McKay, 2015).

['mOpuamM3anusi WUPOKO pacmpocTpaHeHa B poxe Boechera — Obuto 3adukcupoBaHO ee
MHOTOKpAaTHOE M HE3aBHUCHMOE TMosiBIieHUe B mpeaenax poxa (Bocher, 1951; C. H. Dobes et al.,
2004; T F Sharbel & Mitchell-Olds, 2001; Windham & Al-Shehbaz, 2007). Camsbie pannue
MOJIEKYJISIPHBIE JTOKa3aTeJIbCTBA HATUYUS THOPHIU3AIMU OBUIM TONYYSHBI TPU HUCCIECIOBAaHUU
BHYTPEHHUX TPAaHCKpUOMPYEMBIX cIielicepoB M mocienoBareabHocTel xjopomiactHor JIHK;
TaKke B xofe (umoreorpaduueckoro aHaausa OblTI OOHApy)Ke€H MOTOK I'€HOB MEXIY BUIAMH,
HbIHE W3BecTHBIMU Kak B. stricta u B. retrofracta. (C. Dobes et al., 2004). U xotsa cnenyer
OTMETHUTb, YTO BHIBOJIbI O THOPUIHON TPUPOJIE 0COOEH, OCHOBaHHBIE JIUIIb HA OJHOM JIOKYCE HIIH
TEHOME OpraHe/ul, MOT'YT HE COBCEM TOYHO OTPa)XaThb HCTOPHIO KJIAJbl WM TOMYJISIHAN
(Maddison & Knowles, 2006). Schranz u coasrops! (2005) B cBOMX OONIMPHBIX IKCIEPUMEHTAX
YCHENIHO TPOAEMOHCTPUPOBAIH BO3MOXKHOCTh CKPEIIMBAHUS Y HECKOJBKHX IPECTaBUTENEH

ponaa. HOJ'IyLIeHHBIC HMU PE3YJIbTAThl YKAa3bIBAIOT Ha OTCYTCTBUC BHYTPCHHUX 6apLepOB
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PETPOAYKTUBHON H30JISIIIAN H, CIIEIOBATEIILHO, HA BO3MOXKHOE TIPUCYTCTBHE OOIIMPHOTO MOTOKA
T'CHOB CpeIU pa3InyHbIX BUI0B Boechera spp.

JIo HaCTOSIIEro BPEMEHH MHUKPOCATC/UIMTHBIC MapKepbl 3aHUMAlId IEHTPAJIbHOE MECTO B
uaeHTUHUKAIIMA BHIOB W IpearonaraeMeix ruopumoB BHyTpHu poma Boechera (Li, Rushworth,
Beck, & Windham, 2017). Beck wu coaBroper (2012) mnpoBoaMIM HCCIEIOBaHUS Ha
MPECTABUTENSIX POJA, HCIONB3ys Habop w3 13 mumkpocaremutoB. MMy OBLIM TIOTYYEHBI
noaTrBepxkacHus Gopmuposanus rudpumos B. fendleri x B. stricta u B. retrofracta x B. stricta.
PabGoras ¢ anamoruunsiMu MeTonukamu, Lovell u coaBropsr (2013) uccinemoBanu 231 0co0b u3
37 ecrecTBEeHHBIX MOMYJIAIHI yeThIpex BuaoB Boechera (B. stricta, B. retrofracta, B. polyantha u
B. pendulocarpa). OHu 3aKiIrOYMIIM, YTO BCE TPHUILUIOUIHBIE OCOOM OBUTM AIIOMUKTHYHBIMH
ruOpuIaMu, B TO BPeMsl KaK 3TOTO HEJb3s ObUIO CKa3aTh O JAMILIOWIHBIX allOMHKTax, KOTOPHIC B
OoJIbIIICH CTENEHH COOTBETCTBOBAJIM IIOJIHOIICHHBIM BHJIaM, a HE OTICIbHBIM THOPHIHBIM
0c00siM. Ha 0CHOBaHMU BCEX ATHX PE3YJIbTAaTOB ObLT CICNIaH BBIBOJI, YTO TMOPUAM3ALINS SBISICTCS
KOCBEHHBIM KOPPEJISITOM arioMuKcuca B poay Boechera.

C TOsBJICHHEM TEXHOJOTHH CEKBEHHUPOBAHUS HOBOTO TOKOJCHHS HACHTH(HKALNS THOPUIOB
cTaja HaMHOro OoJjiee TouHOU. Mcmomnb3ys mosHOreHoMHOe cekBenupoBanue, Lovell u coaBropst
(2017) npoBepsuti TUIOTE3y O THOPHIOTEHHOM MPOUCXOKACHUH AlIOMUKTHYHBIX TOMyJsiui B.
spatifolia. I'mmore3a ObL1a MOATBEpXKjAeHA, MyTeM aHanu3a Oyrcrpama Ha 22000 mepeBbeB
raryIOTHIIOB, TIPU MOCTPOCHUH KOTOPBIX HCIIOJIb30BAIMCH JaHHBIE BCEro reHoma. B apyrom
WCCIIC/IOBAHUH, B OCHOBE KOTOPOTO JIeXaJl MPUHITUI TEHOTHITMPOBAHUS Yepe3 CEKBCHHPOBAHUE,
Schilling u coastopsr (2018) orennBaniy BapuaTHBHOCTh TeHOMA y 79 0co0eid, MprHaIIeKaux
BoCbMH BHjaM Boechera. AHanu3 TreHETHYECKHX MPHUMECEH pa3IUYHBIX THIIOTETHUYECKUX
MPEAKOB TO3BOJUI C BBICOKOM TOYHOCTBIO HIAECHTU(DUIIMPOBATH THOPUIHBIE OCOOH. ITO
WCCIIC/IOBAaHUE TMPEIOCTABUIIO JIOKA3aTeNIbCTBA HEJABHETO M JIPEBHEr0 CMEIICHHS TeHO(OHIOB

BUJIOB.

1.6 HacaenoBaHue U reHeTHYECKHE acNEKThI anoMuKcuca B poay Boechera

KmroueBast pabora Nogler 1970x-90x (Nogler, 1984) romoB mnoka3aia, YTO amOMHKCHC
KOHTPOJIUPYETCs TeHeTHUeCKU. [locienyromie SKCIEpUMEHTHI 0 CKPEIMBAHUIO allOMHUKTHYHBIX

paCTeHI/Iﬁ KaK JOHOPOB MbLIbIEI, C ITOJIOBBIMU PACTCHUAMU MMPOACMOHCTPHUPOBAJIM HACIICAOBAHUC
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aroMHMKcHca Kak gomuHanTHOro mpusHaka (Grimanelli et al.,, 2001). Panee cumranoch, 4to
allOMMKCHUC HACJICAyeTCs KaK OJMHOYHBIA JOMHHAHTHBIA JIOKyc, Hampumep, y Ranunculus
auricomus u Panicum maximus — B WX ciydae amoMeido3 W MapTeHOreHe3 HaONIoNaInCh
coemectHo (Nogler, 1984). Omnako Oosnee mo3aHHe paOOTHI IOKA3ald, YTO OTAEIBHBIC
KOMITOHEHTBI AIllOMUKTHYHOTO Ppa3BUTHS, TaKHE KaK aloMeio3, MapTeHOreHe3, aBTOHOMHOE
oOpa3zoBaHKe IHAOCIEPMA, y OOJIBIIMHCTBA AIIOMHKTOB KOHTPOJHPYIOTCS Pa3HBIMH JIOKYCAMH.
Takke ObUTIO OOHApY)KEHO, YTO B 00JACTAX TCHOMA, CBSI3aHHBIX C IMPOSBICHHUEM allOMUKCHCA,
HaOromaercs moaaBicHHas pexkomOumHarus (Barcaccia & Albertini, 2013; R. A. Bicknell &
Koltunow, 2004; Brukhin, 2017; Grimanelli et al., 2001; Hand & Koltunow, 2014; van Dijk &
Vijverberg, 2005). Kak ynoMuHaaoCh BbIIIE, AlTOMUKTHYHOE PA3BUTHS YaCTO aCCOLMHUPOBAHO C
ruOpuau3anyeld ¥ Bo3Hukaromed mnommmtonaueit ( Koltunow & Grossniklaus, 2003).
VBenuyeHHas TEHOMHAs Harpy3ka MOXKET ObITh MPUYMHONW HAPYNICHHH pEryjisiid T'€HOB,
OTBEUAIOIIMX 3a MmosioBoe pasmHokenue (Barcaccia & Albertini, 2013; Grimanelli et al., 2001; C
Spillane et al., 2001), mnockojbKy BHOBb C(OPMHPOBAHHBIH TMOJUILUIOUIHBIH THOPH]
CTaJIKUBAETCs ¢ MX acCHHXpOoHHOHU skcrpeccuei (Carman, 1997; Grimanelli et al., 2001; Schon et
al., 2009). TlocnenHue AaHHBIC YKAa3bIBAIOT HA TO, YTO AMOMHUKCHC CBSI3aH C TOBBIIICHHBIM
paznoobOpasuem (Hojsgaard et al., 2014), 4ro MO3BOJIAET MPEAOIOKHUTL €0 KIFOYEBYIO POJIb B
cozmanun HoBbIX monumuionnoB (Hojsgaard, 2018) u muBepcuuKaMu MOKPHITOCEMEHHBIX
pacTeHui.

OnHOM W3 YHUKAIBHBIX XapaKTEpUCTHK posa Boechera sipisieTcs mosiBiCHHE allOMHUKCHCA JTakKe
y JUIUIOMIHBIX pacTeHuid. JIMmiowaHble amoMuKTel Boechera Spp. sIBASIOTCS  BBICOKO
rerepo3urotibiMu  rubpumamu  (Beck et al., 2012), u HemaBHHE I[MTOTCHETHYECKHE W
MOMYJISIIIMOHHBIC MCCIIEAOBAHUS MMOJIOBBIX M allOMUKTHBIX BHJOB JAHHOTO POJa TMOKA3ajH, YTO
3TH JUILIOUJHBIE TEHOMBI MOTYT MMETh JIOCTATOYHO CIIOXHYI CTPYKTYpYy. Mojenb, B OCHOBE
KOTOPOU JISKUT aHAJIN3 TEHETHUECKUX MAapKEPOB U TUIOUIHOCTH, MPEIIONAraeT, 4YTo, BO-TICPBHIX,
reHeTuueckue  (akTopel  amomeiio3a  BO3HHKJIM  HE3aBHCHMO. [lyTeM  CcaMOOIbLUICHHS
peayIUPOBAHHOMN MBLIBIION 0COO0B, KOTOPOH MPUCYII alTOMEN03 UCKITIOYUTEIILHO TIPH TeHEpaIiuu
SUIEKIICTKH, MOoIia Obl CTa0WiIbHO (OPMHPOBATH CEMEHA C JUIJIOUIHBIM SMOPHOHOM U
9HJIOCTIEPMOM, 00JIaIa0NIMM 5-F0 Habopamu XpoMocoM. Jlpyrue pacteHusi, y KOTOPBIX alloMeio3
MIPOUCXOIUT TOJBKO TMPH (OPMHUPOBAHUH CIIEPMUEB, MOIIM ObI MPOAYIUPOBATH CEMEHA C
Pa3IMYHON IUIOMIHOCTHIO. PemylimpoBaHHas mbUiblia, MOJYyYeHHAs! OT allOMEUOTHKA MO KEHCKOM
JMHUU TIOJOBBIX KJIETOK, MO3BOJMJIA ObI CKPEUIMBATHCS C TMOJOBBIMH JIMHUSMH, TEM CaMbIM

pacnpocCTpaHsaa (I)CHOTI/IH. B xoHeuHOM uTOIE MMPOUCXOAUT CKPCIIUBAHUC paCTeHHﬁ, O6J'IaﬂaIOIJ_II/IX
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anoMeo3oM mpu (HOPMUPOBAHHUH SUIIEKICTOK, U PACTEHUM, allOMEW03 y KOTOPBIX MPOUCXOIUT
[IPU CUHTE3€ CIEPMHUEB, BCJICACTBHE YErO MOJIYYAIOTCA CEMEHA C JUIUIOMIHBIM SMOPHOHOM U
IeKCAIUIOMIHBIM DHIOCIIEPMOM, KOTOPBIC BBIPACTYT B CTAOMIbHBIC JUIUIOUJBI, CIOCOOHBIC K
MIPOU3BOCTBY HEPEAYIIUPOBAHHBIX JKEHCKHUX U MY)KCKHUX rameT. [IbUiblia 3THX allOMHKTOB TAKXKe
MOXKET B JJbHEHIIIEM OILUIOJOTBOPATH MOJOBBIC JUILIOWIBI, YTO MPUBOTUT K (HOPMHUPOBAHHUIO
anmoMuKTH4YHBIX TpurionaoB (Lovell et al., 2013).

OxpamuBanue MeTada3aHblX XPOMOCOM METOJAaMH T'€HOMHOM ruOpuau3aiuu In - Situ
MPOJAEMOHCTPHUPOBAJIO, YTO BCE HCCIICIOBAHHBIC AIIOMUKTHBIC JIMHHM OO0JaJalid IMPU3HAKAMU
THOPUIOTCHHOTO MPOUCXOKICHUS. BBIII0 00HAPY)KEHO, YTO BCE OHHU SBJISIFOTCS aJUTOIJIOWIAMH C
pa3IMYHBIM KOJMYECTBOM XpoMocoM, yHaciemoBanHbix oT B. holboellii s. |. unmn ot B. stricta.
CTpykTypa HX XpOMOCOM Oblla B 3HAUUTCILHOW CTEMEHH 3aTPOHYTa IOCICACTBHIMU
rHOPUAN3AIMH, YTO TIPUBEIO K aHEYIUIOMIMHM W 3aMEHE rOMOJIOTHYHBIX Xpomocom (Kantama et
al., 2007). Takum 00Opa3oM, 3T alIOMUKTHBIC JTMHUN HE SBISIOTCS OJHO3HAYHBIMHU TUILIOMIAMH,
CKOpee OHH WMEIOT TMOJUTAIUIONAHOe MpoucxoxaeHue. CreayeT OTMETUTh, 4YTO OTH
[UTOrCHETHYCCKUE JAaHHBIC HE MCKIIIOYAIOT IO KOHIIA BO3MOXKHOTO CYIIECTBOBAHUS MCTHHHBIX
JWMIUIOMIOB Cpeld anoMHKTOB poxa Boechera. Ilpeamonaraercs, 4to OOHapy:KEHHbIE Y
JIWILUIOWIHBIX almOMHUKTOB Xpomocombl Het, Het’ u Del (upencraBiensl B OCHOBHOM
reTepOXpPOMATHHOM) OTBEYAIOT 3a HACJIEAOBAaHHE IMPU3HAKOB, CBA3aHHBIX C AllOMHUKCHCOM
(Kantama et al., 2007). Cormmacio Kantama wu coaBT., Bce HCCICIOBAHHBIC ITUILUIOHIHBIC
arMOMUKTHI 00J1a/1a]TH 110 MEHbIIIE Mepe YeThIphbMsI XxpoMocoMamu B. stricta, skmouast Het u Del, u
JAHHOM paboueil rpymmoi ObUT CAETaH BBIBOJ, YTO KOMOHMHAIIUS 3TUX XPOMOCOM MOXET UMETh
Ba)KHOE 3HAYCHHUE JIJISI TPOSIBIICHUS alTOMUKCHCA.

HenaBuue wnccriemoBanust moKasaid, 9To XpoMmocoma Het sBisieTcss H3MEHEHHBIM TOMOJIOTOM
nepBoil  Xxpomocombl B. stricta, B KoTopoil MPOM30MUIO HAKOIJICHHE MMEPUIICHTPOMEPHOTO
reTepoxpomarrHa, B To Bpems kak mapa Het’ u Del — mponykr paspeiBa Het ¢ mocnemyrorieit
NepUIICHTpUYECKOi nHBepcueit B xpomocome Het” (Mandakova et al., 2015). CoracHo Gonee
pPaHHMM JaHHBIM, B HEKOTOPBIX JIMHHUAX XpoMocoma Del morna BO3HHKHYTH B pe3yibTare
TPAHCJIOKAIMK, CIIMBAIOIICH MPOKCHMAJBbHBI CErMEHT XpoMmocoMbl B. stritca ¢ aucranbHBIM
cermentoM xpomocombl B. holboellii s. |. (Kantama et al.,, 2007). Onnako ruGpugU3aIys
MOJIOBBIX M AaIMOMHUKTHYHBIX pacTeHunii Boechera He maBana amOMHKTHYHOTO TTOTOMCTBA,
HECMOTpsI Ha yHacleaoBaHHyo xpomocomy Het (Schranz, Kantama, de Jong, & Mitchell-Olds,
2006). IIpu ckpelmmBaHUK MOJIOBBIX JTUILUIONIOB B. Stricta ¢ amoOMUKTHYHBIMU aJUTOTUTUIONIAMH

B. divaricarpa, mecymmmu xpomocomy Het, motomctBo F1 ObUIO TPHILIOMAHBIM U HMENO
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HU3KYI0 (DEepTHIBLHOCTh, HO HE 00JIalaio alOMHUKCHUCOM, MaKe MPH HAJIWYUU BBIIICYTOMSIHYTOM
xpomocomsl Het. B cnenyromem nokonennu (F2) naonaIHOCTs U YUCIO XPOMOCOM BapbUpOBaJIU
1 HaOmonanace Hu3Kass (GepTHIBHOCT. Hekoropeie 0cobu mokojeHust F3, mMO-BHIMMOMY,
COXPAHUIIM BBICOKYIO IIOMJHOCTh CBOUX POTUTENICH U MPOAEMOHCTPHPOBAIU 00JIE€ BBICOKYIO
IUIOJIOBUTOCTD, 4eM B F1 u F2, HO Bce ele He AOCTUTaBIIYIO (EPTUIBHOCTH HCIIOIb30BAHHBIX
[IEPBOHAYAIILHO paCTEHHH. ATTOMHUKTHYHOTO IIOTOMCTBO TaK U HE OBLJIO MPOU3BEICHO, a 3HAYMT,
YTO TEHETHYECKUI KOHTPOJIb allOMUKCHCa B poje Boechera He orpanndnBaercsi Hacjae0BaHHEM
abeppaHTHBIX XPOMOCOM.

XpOMOCOMHBIC PErHOHBI C TOJABJICHHOW pPEKOMOWHALMEH BOKPYr T'€HOB, CBS3aHHBIX C
AIMIOMUKCHCOM, YacTO HAXOMISIIMECS B TEMH3MIOTHOM COCTOSHHH W OOOTaIlleHHBIE TOBTOPAMHU H
TPAHCIIO30HAMHM, OBUTH HaHJE€HBI BO MHOTHMX (DHIIOTCHETHYECKH YHAJEHHBIX allOMHMKTaX, Kak
JBYIOJBHBIX, Tak ¥ omgHomonbHbIX (Grimanelli et al., 2001; Kotani et al., 2014; Okada et al.,
2011; Ozias-Akins, Akiyama, & Hanna, 2003; Schon et al., 2009). IIpeamonaraercs, 4To Takas
PEKOMOMHAIIMOHHO-UHEPTHAsE 00JacTh MOXET COIEPKarh HECKOIBKO CBS3aHHBIX TEHOB C
pa3IUIHBIMU (PYHKIUSAMH, CHHEPTHS KOTOPBIX CIIOCOOHA MIPUBECTH K AIIOMUKTHYHOMY Pa3BUTHIO.
OIHAaKO Y MHOTHX allOMHKTOB JIOKYChI, KOHTPOJIHPYIOIIUE Pa3InUHbIC KOMIIOHEHTHI AallOMHUKCHCA,
HAXOMATCS B Pa3iM4YHBIX ydacTKax reHoma. B ciydae Boechera spp. nambGonee BeposSTHBIMU
KaH/MaTaMd Ha TIEPEHOC TaKKMX JIOKYCOB SBIISAIOTCS abeppaHTHbie Xpomocombl Het, Het” u Del,
pedb 0 KOTOPBIX YK€ BEJIACH BHIIIIE.

[lpuarMass BO BHHMaHWE THOPHIOTEHHYIO MPUPOLY almOMHKTOB Boechera B kadecTBe
MEXaHW3Ma, HWHHIUHPYIOIIEro  (OpMHUpPOBAaHHWE W JATbHEHIIYI0  JBOJIONUI0  TaKHX
PEKOMOMHAHTHO-MHEPTHBIX OJIOKOB, COIEPKAIUX CBS3aHHBIC C AIIOMHUKCHCOM TE€HBI, MOYKHO
clieNiarh BBIBOJ, YTO, BEPOSTHO, MMEHHO THOPHAM3AIlMS BUIOB C HEMOJHOM XPOMOCOMHOM
TOMOJIOTHEH CMOCOOHAa MPHUBECTH K OOPa30BaHMIO TEMH3UTOTHBIX OONAcTedl C MOJaBIEHHOMN
pekoMOMHaIIMEl, KOTOphIE B JalbHEelIeM mony4ar cBoe pasputue (Sharbel et al., 2010).

HeckombKo TeOpHii ONKCHIBAIOT BO3MOKHBIE MEXAHHU3MBI, KOHTPOJHMPYIOIIHE AIlOMUKCHC.
HekoToprle M3 HUX MIPHUCBAMBAIOT TEHETHYECKMM MYTAIUAM POJIb IJIABHOTO MHIYKTOPA, COTNIACHO
TaKUM THITOTE3aM, MyTaIlisI B OMHOM M3 IEPBBIX TEHOB PErYIATOPHOTO Kackaaa (WM Mepet HUM)
MOKET TPUBECTH K aloMelo3y, MapTeHOreHe3y H/WIM pPa3BUTHIO aBTOHOMHOTO JHIOCIEpMa
(Anna M Koltunow & Grossniklaus, 2003). V Arabidopsis Obutd HACHTHOHUITHPOBAHBI
pa3uyYHBIe MYTaHTBI, KOTOPBIM CBoOWcTBeHeH amomeiio3 (Schmidt, Schmid, & Grossniklaus,
2015). HuTepecHo, 4YTO WX MYTallMd, [O-BUAMMOMY, pa3ieieHbl MEXAy PeryIaTOpaMu

KJIICTOYHOT'O I_II/IKJ'Ia/OCHOBHBIMI/I reHaMu Meinosa u I'CHaMH, 3aJIeliCTBOBaHHLIMH B PETYIATOPHBIX
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nytsx maneix PHK (d’Erfurth et al., 2010, 2009; Ravi, Marimuthu, & Siddiqi, 2008; Zhao et al.,
2017).

B 10 Bpems kak mytaHThl pona Boechera emie He m3yueHbl, ObLIM MICHTU(GUIMPOBAHBI JIBA
JIOKyCa, KOPPEIUPYIOIIUE C )KEHCKUM U MYKCKUM aromeiio3oM. Ilepsoeiii — APOmMixis Linked
Locus (APOLLO) - xomupyer osk3oHykieasy AsSp-Glu-Asp-Asp-His, ero skcmpeccus
MOJIABIISICTCS. B MATEPUHCKUX KJIETKAX MEracIop, KOrjaa OHU BCTYMAIOT B MEH03, M TIOBBIIIACTCS B
anomeriornyeckux (Corral et al., 2013). APOLLO peMoHcTpHpyeT AByalIeIbHOE HACICIOBAHUE
C «arnoajuiesIMI» U «II0JIOBBIMUY aJUIeNIIMU, 3TU BapUAHThI T€HA OTIMYAIOTCS APYT OT Apyra 1o
5’- HeTpaHCIMpyeMOW o00JacTM TeHa »HK30HYKJIea3bl, B KOTOpod HaOmwomaercs 20-tu
HYKJICOTUAHBIA momumopdusm. Bce mnporecTupoBaHHBIE AalOMUKTHYHBIE pPACTEHHS pPOAA
Boechera Obutn rereposurotabiMu no awiensmMm APOLLO, onu oGnamanu 1mo MeHbIIEH mepe
OJTHUM «aroajieJieM» M OIHUM <«IIOJIOBBIMY» aJljlelieM, B TO BpeMsl KaK BCE IOJIOBbIE OCOOHU
TOMO3HMIOTHBI M 00JIaar0T JIUIIb «I10J0BBIMUY BapuaHnTamu reHa (Corral et al., 2013). My»xckoit
anajor APOLLO - nokyc monm HnaszBanmem Unreduced Pollen GRAin Development2
(UPGRADE?2), KOTOpBIif 3KCIIPECCUPYETCS UCKIIIOYUTEIBHO B MBUIBLIEBBIX MATCPUHCKUX KIIETKAX
arlOMUKTHBIX BUAOB. OH KOIMPYET XUMEPHYIO ANMHHYI0 Hekomupytomryo PHK, obnaxaromiyro
CKJIOHHOCTBIO K oOpa3oBaHuio BTOpuuHbIX CTpyKTyp. UPGRADE2 BO3HUHK B pe3ynbTare
nymmkaiun UPGRADE! ¢ mocnenyromieid BCTaBKOH (YHKIIMOHAIBHOTO T€HA W JAabHEHIITNM
(hopMHpOBaHUEM DK30HA B 3TOW OOJACTH, YTO CHENAJO 3TOT I'eH TPAHCKPUIIIMOHHO aKTHBHBIM
(Mau et al, 2013). CymecTByeT BBICOKas KOpPpPEISIHMS MEXKIy HATHYHEM JIBYX
BBIIICTIEPEYUCIICHHBIX JIOKYCOB, CBS3aHHBIX C allOMHKCHCOM, W pealu3alieil pacTeHHeM
ANOMHUKTUYHOTO criocoba pasmHoxkeHus (y 98,4% amoMukToB B BBIOOpPKE U3 275 0cobei,
npuHaIexkanmx 22 BugaMm poaa Boechera, Ovn maiinen «amoamtens» APOLLO, y 96% -
UPGRADE2), xoTs s TIONOBBIX PAcTeHUN Takke ObUIO TMOKa3aHO HaJM4YMe «aroajuiesis
APOLLO B 2,27% cayuyaes u npucyrcteue UPGRADE2 B 34,48% cnyuaeB. Takum oOpa3zom,
MoOXHO 3akimounTth, 49to APOLLO saBiusgercs wuHanbOoiiee MTOAXOMSAMIMM JUATHOCTHYECKUM
MHJIMKaTOPOM allOMHUKCHCA y Pa3HbIX BHIOB M JuHUII poma Boechera (Mau et al., 2015), Ho,
HECMOTpPS Ha 3TO, €ero (yHKIHMS B PasMHOXKEHHH J0 CHUX IOp OCTaeTCs HEBBIICHEHHOM.
HezaBucumocts APOLLO u UPGRADE2 cornacyercs ¢ NOMYISIMOHHO-TE€HETHUECKUMHU
WCCIIC/IOBAaHUSMY, KOTOpPhIE TOKa3alld, YTO MYKCKOW M JKEHCKHHA amoMeio3 HaCleayroTCs
OTAETBHO JPYTr OT Jpyra, XOTs W HaAONIOHaeTcss WX KOppesmus APYr C JIPYyroM Ha YpPOBHE

nonyisiuu (Lovell et al., 2013).
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Kliver u coaer. (2018) oOHapykuau JBE IOMOJHHUTEIbHBIC, OOJee yaaleHHbIC, KOIHH
APOLLO, nanuuue KOTOPHIX MOXET yKa3bIBaTh Ha MPOU3OMIEANINE B MPOIUIOM TyIUTMKALWU.
Nzydenune «anoasieneii» u «monoBeix» amieneit rera APOLLO mnoka3siBaet, 4To OHH BO3HUKIIH
nocie otneneHus poxa Boechera u o0Opasyror nBe OTAebHBIC KIaAbl. YYHThIBas, 4to B.
retrofracta u B. stricta sBisiFoTCS TTOJIOBBIMU BHJIAMH, HE BBI3BIBACT YAMBICHUS HAJTHMYUE Yy HUX
«monoBbix» ayuteneid APOLLO. ABTopbl mpeiaraioT 3BONIONMOHHBIN CIEHAPHI, B KOTOPOM
MoCJie TPUIUTMKAIIMH, BEPOSITHO COCTOSIBILICHCS mociie 00ocobseHus pona BHyTpu Brassicaceae,
oana u3 xkoruit APOLLO moria nprobpectr HOBYIO (PyHKIHIO y 00miero mpeaka Boechera spp.,
YTO MPUBEJIO K OT/AEJICHHUIO alIOMUKTHBIX JTMHUN. COOTHOILICHHE 3aMEH 110 CHHOHUMUYHBIM (KS) 1
HecuHoHUMHUYHBIM caiitam (Ka) ammeneit APOLLO mokassiBaetr, 4TO BETBb, Beaymias K
«aroauieisiM» HaXOAUTCS TOJ NONOKHUTENbHBIM 0TOOpoM (Ka/Ks = 1.4646), 4yTo TUIIMYHO IS
MapasoroB, KOTOPbIE MPUOOPENN HOBYIO (DYHKIIHIO.

[Ipennonaraercs, 4To SMUTCHETUYECKUE U3MEHEHUS B PETYISIIIMKA T€HOB TAKXKe JIeXKaT B OCHOBE
aroMHUKCHca. BbUIO TPOJAEMOHCTPUPOBAaHO, 4TO MekBuioBas ruOpummsanus A. thaliana c
COITYTCTBYIONICH TOJUIUIONIM3AINCH TPUBOIUT K KapIUHAIBHBIM HW3MEHEHUSM B 3KCIIPECCUU
reoB (H. S. Lee & Chen, 2001), 4ro mo3BOJIIET COCAMHUTH B HEW BMECTE€ KaK THIIOTE3Y
MHIYKIIMHA allOMUKCHCA B XOZle THOPHUIN3alUY, TaK U TUIOTE3y MHAYKIUHU 32 CYET TeHETHUECKHUX
MyTaluii, B KOTOPOH SIHUaIeNd, a He MyTaHTHBIE aJJIeNTH, MOTYT MIPaTh KJIIOYEBYIO POJIb B
HapYIICHUH PErY/ISIMH PEPOIYKTUBHBIX TeHOB BO BpeMeHH u mpoctpanctse (Grimanelli et al.,
2001; C Spillane et al., 2001). Masbie monekynsl PHK y4acTBylOT B 3NMUI€HETHYECKON CMEHE
MpPOrpaMMbl Pa3BUTHUS BO BpEMsS TamMeToreHe3a M B PEryslUd COOBITUH, CIEIYIOIUX 3a
ortonotBopenuem (Martinez & Kohler, 2017); cpenu reHoB, Ha KOTOpbIE OHU BO3JICHCTBYIOT —
AGO9, ren, B3ammojelicTByOmMul ¢ 24-x HykiaeoTHaHbIMU MainbiMu PHK, BeimeneHHBIMU U3
TPAHCTIO3UPYEMBIX DIIEMEHTOB SWIEKIETOK. BbUIO MOKa3aHO, YTO MYTaHTBHl MO ATOMY TEHY
00pa3yroT HECKOJIBKO KIIETOK, CIIOCOOHBIX MUTOTHUYECKH (POPMHUPOBATH HECKOIBKO 3apO/IbIIIEBHIX
MEIIIKOB B OAHOM ceMs3ayarke. K coxkaneHuro, moka HESICHO, ABJISETCA JIM alOMEHOTHYECKUI
denorun myrantoB AGO9 criencTBuEM OTCYTCTBUSI CaJICHCHHTA TPAHCIIO3UPYEMBIX 3JIEMEHTOB
WM ke utoroM BosaeicTBus npyrux Manbix PHK (Rodriguez-Leal & Vielle-Calzada, 2012).
[Tpodaitnuur sxcnpeccun mansix PHK y Boechera spp. BbisiBiIT KOHCEpBaTHBHbBIE CICIU(DUIHBIC
JUISL JAHHOTO POoJla M TMOXOXKHe Ha MUKpocaresmutel Maible PHK, MHOrMe m3 KOTOpBIX UMEIOT
MTOTCHIIMAIBHBIC CANTHI CBA3BIBAHKS B SK30HHBIX OOJIACTSAX, pUYEM OOJBITMHCTBO MX MUIICHEH
— perynstopHbie (aktopsl. [Ipeamnonaraercs, 4To KOMMYECTBEHHOE U3MEHEHHE B CIIOCOOHOCTH

MI/IKpOCEITCJ'IJ'II/ITOHOI[O6HBIX PHK cBs3pIBaThC ¢ UX MHIICHSIMU MNPOUCXOAUT B PE3YIIbTATC
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NOJIUMOP(U3MOB B JUIMHE MHUKPOCATEIUIMTHBIX YYaCTKOB JIMOO NPEAIIECTBEHHUKOB TAKOBBIX
PHK, m160 reHoB caMux MHILIEHEH, U TAKUM 00pa3oM 3TO MOXKET MPUBOIHUTH K 3HAYUTEIBHBIM
CIIBUTAaM B DKCIIPECCHH T'€HOB MEXIy MOJIOBBIMHU a allOMUKTHYHbIMH JuHUsME (Amiteye et al.,
2013).

XOTs TeHbI, OCYIIECTBISIONINE KOHTPOJIb OTACIBHBIX KOMIIOHEHTOB ariomukcuca y Boechera
SPP. BCe €lle HE IOJHOCTBIO YCTAHOBJICHBI, JaHHBIE O HACIECJOBAHUU AIlOMUKCUCA M JIOKYCOB,

CBA3aHHBIX C HUM, YK€ ceituac npeaoCTaBIAOT 0oJIbIIIOE TTOJIe I €ATCIIBHOCTH.

1.7 l'enomHble pecypcsl aJsi poaa Boechera um mpodjseMbl TeHOMHOTO
aHAJIN3a

[MosiBieHHE TEXHOJIOTHI CEKBEHHPOBAaHHMS HOBOTO IIOKOJICHUS Hapsiy C OBOJIOIHMCH
OnonH(OPMATHUECKUX HMHCTPYMEHTOB OTKPBUIO HOBBIC MEPCICKTHBBI B M3YYCHUH AllOMUKCHCA.
Hcronb30BaHre MOMHOICHOMHOIO CEKBEHHPOBAHUS IIO3BOJIMIIO HCKAaTh COOTBETCTBYIOIIUEC
JIOKYCBI, a TAK)KE€ CPAaBHMBATh M 'CHOTUIIMPOBATH BHUIbI M JUHUH porna Boechera, nmpoBomuts ux
(bUIIOTeHEeTUYECKUI aHaANHN3.

B Hacrosiiiee Bpemsi coOpaHbl ¥ OMYOJIMKOBaHBI T€HOMBI JIHIIb IBYX BuaoB Boechera — B.
stricta u B. retrofracta. OGa Buga SIBISIFOTCSI CAMOOMBLISIEMBIMHU, JAUTUIOUIHBIMHU, TIOJIOBBIMU U
001ajal0T BBICOKOTOMO3UTOTHBIMU TI'€HOMaMH, C KOTOPBIMU JIETKO paboTaTh MHpH CcOOpKe.
[MpumeuarenbHO, 4TO MOBTOPHI B TeHOMe B. retrofracta sanumarot mouru 40% mecrta, v IOJIOBHHA
U3 HUX MIPE/ICTaBlIeHa JMHHBIME TepMuHanbHbiMu oBTOpamu (Kliver et al., 2018). B cinyuae B.
stricta moBrops! 3anumarot sk 20% renoma(C.-R. Lee et al., 2017). Pa3uuna B KoauuecTBe
ITHUX MOCJIEIOBATEILHOCTEH KOPPEIUpPYeT C pa3HUIICH B pa3Mepax TeHOMOB JaHHBIX BHJIOB.
JIOKyCBI allOMHMKCUCAa HEKOTOPBIX allOMHKTHYHBIX BHJIOB aCCOLMHUPOBAHBI C TETEPOXPOMATHHOM
W/WIM ¢ TTOBTOpPAaMH, M3 4Kcia Haubosee mmpoko mnpencrasieHHbix (Hand & Koltunow, 2014).
Xpomocombl, Hecymme Jokycel LOSS-OF-APOMEIOSIS (LOA) y Hieracium praelatum wu
APOSPORY-SPECIFIC GENOMIC REGION (ASGR) y Pennisetum squamulatum
XapaKTepU3yIOTCS  OOJBIIMM  KOJIMYECTBOM  IMOBTOPSIOUIMXCS — MMOCICIOBATEIbHOCTEH U
TpaHcmno3oH-Oorateix perunoHoB (Okada et al., 2011). O6nacte renoma Paspalum simplex,
cozepyKanias CBSI3aHHBIE C allOMHKCHUCOM JIOKYCHI, TIOJIBEpPINIaCh 3HAYUTEIBHBIM MEPECTPOHKaM
u3-3a oomaus MoOwibHbIX AnementoB (Calderini et al.,, 2006). Bce atu cxomcTBa B cocTaBe

TCHOMOB alTOMHKTOB ITPUBECJIN K q)OpMI/IpOBaHI/IIO THUITIOTE3bI O TOM, YTO TAKHC boraTnie IMOBTOpPaMH
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U  MOOWJIBHBIMH DJIEMEHTaMH OOJAaCTH MOTYT CIYXHTh XPaHWIUIIEM i1  (aKTOpOB,
NPUOCTAHABIMBAIOIINX IOJIOBOC pa3BUTHE W 3amyckaronmx anomukruunoe (Koltunow &
Grossniklaus, 2003). B coorBercTBHHM ¢ 3TOW HIeel, ObLIO OOHAPYKEHO, YTO HEKOTOPBIE
anmoMuKThl  Boechera  uMerOT  XpOMOCOMBI, MpPEACTaBICHHbIE MO  OOJbIICH  YacTh
reTepOXpPOMAaTHHOM, a  OTIEJIbHbIE  CEMEHCTBa  TPAHCIO30HOB  IOJIYYWJIM  HIMPOKOE
pacrpocTpaHeHHEe BHYTPU AalOMHUKTUYHBIX JIMHUM JTaHHOTO poaa pacteHuid. OgHAKO BBHIY
oOmmpHoOi rubpuau3anuu cpend Boechera spp. oOwiiMe MOBTOPOB B T'€HOME 3THX PaCTCHUI
MOXET OTpakaTh HE CKIOHHOCTh K OIPENCICHHOMY THIy pPa3MHOXKCHHS, a CKOpee uX
(UIOTEHETUYECKYIO UCTOPHIO.

[Mocnenuss annotanus reHomoB B. stricta u B. retrofracta oxsarsiBact okosio 27000 reHoB y
oboux BHIOB. IIpHCyTCTBHE HECKOJBKO OOJBIIEr0 YHCIIA MpeacKa3aHHbix uist B. stricta
TPAHCKPHUIITOB MOXET ObITh OOBSICHEHO OTCYTCTBUEM JAHHBIX IO 3KCIIPECCUU TCHOB B TKaHsIX B.
retrofracta, 4ro ckaszanoch Ha TOJNHOTE aHHOTAUWMU B MenoM. OT4acTH Takas THUIIOTE3a
noarBepkaaercs anaaumsom BUSCO (Universal Single-Copy Orthologs — mnporpamma st
MOMCKA OHOKOITMIHBIX OPTOJIOTOB DYKAPHOT).

JlurutonHas cOOpKa TeHOMOB allOMUKTOB U3 pojpa Boechera mocrarouno Tpymoemka, BBUAY
BBICOKOTO YpOBHSI Terepo3urotHoctd (PucyHoxk 4), 4TO sBISETCS CIENCTBUEM  UX
THOPHUIOTEHHOTO TIPOUCXOXICHUSI — TPOU30III0 OOBEIMHEHHE OTHOCUTEIHHO Pa3HOPOIHOTO
reHetnyeckoro marepuana (Beck et al., 2012). Hanpumep, ypoBeHb reTepO3UTOTHOCTH reHoMma B.
divaricarpa cocrasnset okoio 2.5% mo orerke nporpammbl GenomeScope (Vurture et al., 2017).
N3-3a mpoOiem, ommcaHHBIX BbIie, e NOVO cOOpka reHOMa TaKOro PacTeHUS MOXKET ObITh
CHJIbHO ()parMEHTHUPOBaHA, B TAaKOM cCllydae OyIeT TSDKENO MPOBECTH TEHETWYECKHH aHalun3,
MPETEHAYIOMUH Ha BBICOKYIO TOYHOCTh. Kpome Toro, mpu cOopke ONM3KHMX K HICHTUYHBIM
MOCIIeIOBATENIbHOCTEN OENOK-KOIUPYIOIUX Te€HOB MOTYT OBITh C(HOPMHUPOBAHBI MO3aUYHbIE
ckd(donapl, HE COOTBETCTBYIOIIME HU OJHOMY M3 aHAIM3MPYEeMbIX BapuUaHTOB. Bricokuit
YpOBEeHb (PparMeHTanMu W TOJ00HBIE OMIMOKKM COOPKHM MOTYT HETaTUBHO CKa3bIBaThCS Ha
MIPAaBUILHOCTH BBIBOJIOB 00 BOJIIOINH JIOKYCOB, CBSI3aHHBIX C allOMUKCHCOM, W MOJICKYJISIPHBIX
MexaHHU3MOB, KoHTposmpytonmx ero (Claros et al., 2012).

KitoueBbIM BBI30BOM SIBIISIETCS CIOXKHOCTh COOPKM KOPOTKMX HPOYTEHUH B MPOTSIKEHHBIE
MOCJIEZIOBATEILHOCTH (KOHTUTH), KOTOpPbIE B AalIbHEHIIIEM MOTYT OBITh cOOpaHbl B CK3(h(dOIIbL,
Onmm3Kue To pasMepaM K XxpomocomaM. Emie omHa HempocTas 3ajgada — TaluIOTHIHPOBaHUE,
IpoIiecc, B X0JIe KOTOPOTO KaKIAOH XPOMOCOME M3 Mapbl TOMEOJIOTHYHBIX NPHCBAUBAIOT TOT WM

MHOW BapuaHT TIeHa, JIOKYC, CBS3aHHBIA C ONMpEIeNeHHON (QYHKIMEH, WU Kakoi-Inbo Apyroi
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y4yacTtok mnocnenoBarenbHoct JIHK, mpoucxoxkieHne KOTOpOro HrpaeTr BaXkKHYIO pojib B

uccnenoBanuu (Korbel & Lee, 2013).
100 200 300

| | | | I |
B.divaricarpa B.stricta
Initial assembly || Initial assembly
- 8e-04 | N50=4kb l N50=64kb |-
(5]
S 6e-04 — ‘ Heterf)l-peak ’ B
& i |
0] 4e-04 - | ’n‘ ".‘ Hom-peak | V& B
" eaql [\ /)
—_ =1\ | \ ||‘ \ —
.\\ /// \ \\_\‘-— B \\\__/ / \\
T L T T |
100 200 300

Number of 19—-mers occurence

PucyHok 4. - ['paduk pacnpeseneHus MOKPBITHs pa3arnuHbiX 19-MepoB B reHomax B. stricta u
B. divaricarpa. ITo ocu abcuuce OTI0KEHO NOKPhITHE 19-MepoB (CKOJIBKO pa3 KaxIblil U3 HUX
BCTPETUJICS B IaHHBIX), 10 OCU OpJMHAT — KOJMYECTBO COOTBETCTBYIOIMX K-MepoB.
Pacnipenenenue 19-mepoB B reHome B. stricta, nMeroriee ToIbKO OUH KK, YKa3bIBaeT Ha
BBICOKYIO TOMO3UTOTHOCTh T€HOMA, B TO BpeMsi Kak criekTp 19-mepos renoma B. divaricarpa
COAEPXKUT J1Ba nHKa. [1o konuuecTBy BapuaHToB 19-MepoB MUKU PA3INYatOTCs MPUOIU3UTEIBHO
B JIBa pa3a, IO3TOMY MPEAIoIaraeTcs, 4To NepBblid MUK, 0013 a0l MEHbIIEH
BapUaTUBHOCTHIO K-MepoB u OosibIIel 4acTOTON UX BCTPEYaeMOCTH, OTHOCUTCS K
reTepO3UTroTHOM YacTH reHoMa, a BTOpoil — Kk roMo3urotHoi. [lokaszarenu N50 ocHoBBIBatoTCS
Ha cOopke mapHbix npoutenuii [llumina (moxpeitre x100) mporpammoit Platanus (Brukhin et al.,
2019).

CoBceM HenaBHO ObUTH pa3pabOTaHbl MOJAXOABI, pEHIalolIe NpobieMy COOPKH BBICOKO
reTepo3uroTHOro reHoma. OcoOeHHOE BHUMaHHME HCCIENOBaTeed TMPUBIEKIA TEXHOJIOTHS
cekBenupoBanus Pacific Bioscience, mosBossiornias monydarh JIAHHBIC MPOYTCHHS, a TaKKe
AJITOPUTMBI, OpUCHTUpOBaHHbIe Ha padory ¢ HuMH — FALCON / FALCON-Unzip; ¢ ux
NOMOIIbI0  ObLICOOpaH reTepo3uroTHeiii reHom F1  rubpuma A. thaliana u mmpoxko
kynsTuBupyemoro Vitis vinifera cv. Cabernet Sauvignon (Chin et al., 2016). [danpHeiimiee
pa3BUTHE BBINICONMCAHHBIX aNrOpuTMOB mpuBeno K mnosieHuto FALCON-Phase, noBoro
METONa, KOTOPBIH COOMpaeT KOHTUTH, JOIMOJHHUTEIBHO WCIONB3YsI KOPOTKHE MPOUTCHHS
cekBeHaropa Hi-C (TexHONOTHS JaHHOTO CEKBEHATopa IO3BOJSET PEKOHCTPYHPOBATh KapTy
MPOCTPAHCTBEHHBIX B3aUMOJAEHCTBHI XpOMOCOM B sjpe KIETKH 0e3 chenuduyeckux
B3aUMOJICUCTBUI, HE WCIONB3yd HMMYHONPEIUIUTAINIO). TakoW KOMIIJIEKCHBINH TOIXOJ

IMO3BOIET COXPAHUTH BBICOKYIO TOYHOCTH CYUHHTBIBAHHSA HYKICOTUIAOB, HE TEPAA IPHU ISTOM

I/IH(I)OpMaI_II/II/I O TOM, Kakol HMEHHO XpOMOCOME IMPUHAJICKAT KOHKPETHBIC I'CHbBI U JIOKYCBI
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(Kronenberg et al.,, 2018). Texuomorust cexBenupoBanus Linked-Read (“10x Genomics”)
HEJIaBHO ObLIa YCIIEIIHO MPUMEHeHa Juisi de NOVO cOOpKU reHOMa IeTePO3UIOTHOrO THOPUIHOTO
murtonaa Capsicum annuum (Hulse-Kemp et al., 2018).

Hekxoropoe Bpemsi Hazan ObUTM pa3paboOTaHbl METOABI, MCIOJB3YIOUIME HH(DOpPMALIUIO O
rarioTUIe Jisi COOPKHU MOJUIUIONIHBIX TEHOMOB C OIpe/IeJICHUEM MPUHAIICKHOCTH PETHOHOB K
KOHKPETHBIM XPOMOCOMaM B Clly4yae, €ClId M3BECTHBI pomuteibckue Buubl (Akama, Shimizu-
Inatsugi, Shimizu, & Sese, 2014; Kyriakidou, Tai, Anglin, Ellis, & Stromvik, 2018). Tem He
MeHee, BHUI000pa3oBaHue B pony Boechera mmeer odeHb 3amyTaHHYIO HCTOPHUIO — IOJIOBBIC
JTUIUIONABI TIOPOAMIN MHOXKECTBO allOMUKTUYHBIX BHJOB B XOJ€ TMOpUIN3allUU, MPU KOTOPOU
(hOopMHPOBAJIMCH MOJUILIONIBI, AIJIOTUIONIBI M aHEYIUIONIBL. Takoe CIoXHOE BHI000pa3oBaHHE
MPHUBEIO K OECHpeneeHTHOMY Pa3HOOOpa3Hi0 TEHOMOB ANlOMHKTHYHBIX BHJIOB B 3TOM POJIE,
MOJIKPEIVICHHOMY HaKOIUIEHUEM MYTAllMii ¥ TOBBIIIEHHOM AaKTUBHOCTBIO TPAHCIO30HOB Y
arromukroB (Ferreira de Carvalho, de Jager, van Gurp, Wagemaker, & Verhoeven, 2016; Lovell et
al., 2017), u3-3a 4yero 3a4acTyr0 HE yAaeTCs YCTAHOBHTh POAUTEIHCKHE BH[bI IOJHILIONIOB
Boechera spp. ['eHoMHBIIi aHaJ M3, OCHOBaHHBII HA peEPEHCHOM ralUIOMIHOM FCHOME, MOXKET HE
OTpaXkaTh PEANbHOTO IMOJIOKEHUS Belllel, 0COOEHHO JJIsi alTOMUKTOB C BBICOKO T€TEPO3UTOTHBIMU
JUIUIOUIHBIMU WM TMOJUIUVIOMJHBIMU T€HOMamMu. B Takoil cuTyauun MHOTHE JIOKYChl MOTYT
MOJIHOCTHIO OTCYTCTBOBATh B pe(EPEHCHOM I'€HOME, MOCKOJIbKY J1aKe B HACAIbHOM CIIydae OH
OyZeT SBISATHCS KOHCEHCYCHBIM.

OcobeHHO BbImensieTcs: «Oe3pedepeHcHblin» noaxox de NOVO, T. e. MOIXOA, MPH KOTOPOM
MIOCJIEIOBATEIbHOCTH CPABHUBAIOTCS O€3 BIpAaBHUBAHUS JAPYT Ha JPYra, OUEBHU/IHA €ro [IEeHHOCTb
B aHaJM3¢ TEHOMOB OPraHM3MOB, JUII KOTOpHIX He monydeH pedeperc (Zielezinski, Vinga,
Almeida, & Karlowski, 2017). Ogaum u3 Hanbojee MOMYISIPHBIX METOMOB JAHHOTO Kiacca
SBJISIETCS METOJ] CpaBHEHMs 4acTOT K-MepOoB MM KOPOTKUX MOCIEA0BATEIbHOCTEH («CII0BY), HO,
K COXAaJICHHIO, €r0 MCIOJIb30BaHUE MOXKET OBITh 3aTPyAHEHO IpPHU HEJOCTATOUHOW IITyOuHe
IIOKPBITUSl CEKBEHUPOBAHMsS WJIM Ipu ommMYMM B KoHueHTpauuu JIHK, conepxkamelica B
MOJTOTOBJICHHBIX JJIsi aHanu3a Oubnuorekax. Hambonee moaxonsiiue naHHbIE AJ JTaHHOTO
MOXOJa TMO3BOJISIET TONYYHTh TEXHOJOTHs CEKBEHHUpPOBaHMs NapHbIX KoHHOB Illumina mpu
pabote ¢ GUOIMOTEKaMH, TOTOTOBICHHBIMU METOAOM CIYYaiHOTO MPaiMUPOBAHHUS.

CoBpemeHHbIE pa3pabOTKU B 00JaCTH CEKBEHUPOBAHUS T€HOMOB U WX COOPKHU MPEIOCTaBISIIOT
MHOKECTBO HOBBIX BO3MOXKHOCTEH [JIsl MCCIIEIOBAaHUSI BBICOKO TI'€TEPO3UTOTHBIX OpPraHU3MOB,

KOTOPBIMU U ABJISIFOTCA allOMUKTUYHBIC FI/I6pI/IIILI H3 poaa Boechera.
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I'naBa 2. MarepuaJjibl 1 MeTOJbI UCCJIET0BAHMS

2.1 Marepuan

B pabote ObuM MCHONB30BaHBI JAaHHBIE CEKBEHHPOBAHUSI T€HOMHOHM M XxjoporutactHoi JIHK
JBYX THOpPHIHBIX anOMHUKTHBIX JuHHMi Boechera divaricarpa, npemocrasiennbsie IleHTpom
reHoMHoi  OuomHbpopmarukun um. D. [.  Jlobpxkanckoro (Caukrt-IlerepyOprekuit
TocynapcTBeHHBIM YHUBEPCHUTET).

Marepuajaom JUis TEHOMHOTO aHajiM3a MOCIYXHIW pacteHus auauii Boechera divaricarpa
ES517 u Boechera divaricarpa M4B, BripalieHHbIe B MOMEIIEHHSIX BOTaHMYECKOTrO MHCTHTYTA
um. B. JI. Komapoa PAH. O0pa3iisl TkaHeli ObLH mpocekBeHnpoBaHbl Ha mardopmax Illumina
MiSeq u PacBio RS Il, mpenocTaBuBImIMX KOPOTKHE MApHBIC W JJIHHHBIC HEMAPHBIC MTPOYTCHHUS
COOTBETCTBEHHO (MOKpBITHE B 000MX cirydasx 100x).

Bce pacuerhl TpOBOAMIINCH C WCIOJNB30BAaHMEM BBIYHCIMTENBHBIX MoIHOCTeH LleHTpa

reHoMHoM 6nonHpopmaruku uMm. @. I'. Jlo6paxkaHcKoro.

2.2 MeToabl padoThl ¢ JAHHBIMHU

2.2.1 TlpenodpadoTka JaHHBIX

Ormenka KadecTBa «ChIpbix» mpoutenuit lllumina mpoBoxmmace mpu moMonM MPOrpamMMBbI

FastQC v0.11.7 (Andrews & others, 2016), mocne yero ObUIa MpOBEACHA HMX KOPPEKIIUS
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nporpammoii  Trimmomatic (Bolger, Lohse, & Usadel, 2014), orpesamucy mepBbic 20
HYKJIEOTHJIOB KaX/10T0 puja.

C6op craructuku 1o pugam PacBio, ¢ ux mocnenyronielr ¢puibTpanueil U npeaBapUTEIbHOMN
cOOpKOHM, MpOM3BOAWIICA B XOJE€ WCIOJHEHUs TailmiaiiHa, mpeAcTaBIeHHOro B Habope
uacrpymeraToB SMRT-link. Jlanueiii maiiaiin comepikal CIeAYIOIIHe dTarbl pabOThI:

Pacuer opueHTUPOBOUHOM JUIMHBI TEHOMA, COOMPAEMOr0 U3 MPEACTABICHHBIX PUIOB

@uibTpanys NPOYTEHUN 10 Ka4E€CTBY

Pacuer cpenneit qymnbl punoB u c6op cratuctuku NS0 mo HUM

Pacuer oxumaembIx JUIMH KOHTHIOB, KOTOPBIM MPUHAANEXKAT CIy4yailHO BBIOpaHHBIE
HYKJICOTHIBI

[Toacyer oO1iero yuciia OCHOBaHUHN, CONEPKAIMUXCS B OTQHIBTPOBAHHBIX MTPOYTEHHSIX

Pacder oxumaemMoro TOKpBITHS HYKJICOTHIHBIX OCHOBaHHMM coOMpaeMoro reHoma
OCHOBaHUSIMHU PHUJIOB

OrneHka OPOTOBOTO 3HAYCHHUS JJIMH PHUIOB, (MIBTPAIHS TPOUTEHHA, 00Iaal0INX MEHBIICH
JUTUHOM

IToBTOpEHue neicTBUi ¢ 1.3 1O 1.6 11 BHOBb OTOOPAHHBIX PHJIOB

[TpenBapurenpHas cOOpKa UCXOMHBIX OT(OUIBTPOBAHHBIX IPOYTEHUI B O0JI€€ JUTMHHBIE PUIbI

[ToBrOpenue aeicTBuii ¢ 1.3 1o 1.6 15t COOpaHHBIX PUIOB

Pacder mokpeITHS TIPEIBAPUTEITHHO COOPAHHBIX PUJIOB IPOUTECHUSMU, MTOTYICHHBIMU B T1.7

Koppexrus ommbok mpouTeHui 0ToOpaHHBIX B 1.7, 6a3upyeMas Ha WH(OPMAIIUU U3 ITYHKTOB
10-11, nmenenue Ha Ooyiee KOPOTKHE TMOCIEIOBATEIHLHOCTA TEX PUAOB, B KOTOPBIX CONEpKaTCs
YUaCTKH C «ILIyMOMY», yIaJIEHUE TaKUX Y4acTKOB.

J171sl OLleHKH YPOBHS F€TepO3UTrOTHOCTH T€HOMOB HCCIeyeMbIX JIMHUH, B mporpamme KrATER

v0.40 6butn moctpoeHs! criekTpbl K-mepos npourenuii lllumina.

2.2.2 TlpuMeHeHHBbIe CTPaTernu cOOPKM reHoMa

B xome paboTel OBLIM MPOTECTHPOBAHBI JIBa BapuaHTa COOpPKM TIe€HOMA, IIOCJIE Yero
MIPOBOAMIIOCH CpPAaBHEHHE MX KayecTBa cO cOOpKaMu, MpeJoCTaBICHHBIMU Koyieramu u3 LleHTpa
reHoMHO#1 ornonHpopmaruku um. @. I'. JloOpkanckoro (PucyHnok 5).

PeanuzoBanHble B X0/ pabOThI CTPATErHU:
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1) I'ubpuanas coopka renoma de NOVo mpu momornu mporpammel MaSURCA (Maryland Super
Read Cabog Assembler) v3.2.8 (Zimin et al., 2013) co ctaHgapTHBIMU apaMeTpaMH U CPEIHUM
3HAUYCHUEM/CTaHIaPTHBIM OTKJIOHCHHEM pa3mepa BcTaBkH gaHHbIX Illumina 500/100 (3HaveHus
peKoMeHayIoTCs i Oe3pedeperHcHoi coopku). COOpka OCYIIECTBISETCS OIHOBPEMEHHO W3
KOPOTKUX MApHBIX M JUTMHHBIX HEMApHBIX MPOYTCHUH, IPH ITOM 00JIee KaueCTBEHHBIC KOPOTKUE

puzsl HHlumina kaptupyrores Ha anuHHBIC puabl PacBio.

Oaaable | IpexodpadoTka | Koppekmua | CoopKa IIocTofpadorka
| | | |
| | | |
| CGop I CaMOKOPPEKITHA | Coopka H3 | YTOYHEeHHE
Pl e I | IUTHHHEIX PHIOB [ 7| mrHEEEX pHoos ™| cOopku | A
| [ o pHnam | | \
JIHHHLIE ])HJ]:I' \ I HGAP-preassembly* | Celera® ‘
Pachio | S~ - | [ \
| T | | \
| | : 6 |
OPKa H3 . - B
: : i JUTHHHBIX PHIOB ; =
| I [ \
| I | Canu ‘
| I | \
| | TH | \
HIHAT
| | KopﬁgeKU}lﬂ L CGopra w3 L o C
| | P areEEEX prIOB | s PHIIOB \
| | | \
| | LoRDEC | Canu \
[ I [ \
| I [ |
| | | | _
| | > I'abpumHasa cGopka ‘ > D
| | I |
| | ! | MaSuRCA |
| | | \
| | D HIETpaums | [
| | ! koporkmx pHIOR B X CGopxa m3 o8 : = E
| | BEIPABHHBAHHEM | P PHI |
| | | \
| | Bowtie 2 [ Platanus \
| Coop | | \
I |
l CTATHCTHKH [—#» O HIETpalHs I Clonss s - F
KOPOTKHX PHITIOB
10 pHIAM
K
OpoTrIe FastQC Trimmom atic Platanus
napHbIe
puasl Illumina * B cocTaBe naliniaiina HGAP

Pucynok 5. — Crpareruu cO0opok, 1o KOTOpsIM POBOAMIOCE CpaBHEHHE. B Xoze naHHOiM
paboTh ObUTH peanuzoBanbl coopku D, E u F. A — COopka u3 JUIMHHBIX pU0B TANTIIaitHOM
HGAP; B — COopka u3 JuIMHHBIX puioB nporpammoii Canu; C — Coopka U3 JUIMHHBIX PHUJIOB,
OTKOPPEKTUPOBAHHBIX KOPOTKUMU; D — ['mbpuaHas cOopka n3 KOPOTKUX U JJIMHHBIX pUIOB; E —
CO6opxka 13 KOPOTKUX PUIOB, OT(GPUIBTPOBAHHBIX BEIpPABHUBAHUEM Ha TMOpUIHYIO COOpPKY; F —
COopKa 13 UCXOTHBIX KOPOTKHUX PUJIOB.
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2) COopka M3 MCXOIHBIX KOPOTKHX PUAOB (IOCIe MPUMEHEHHs K HuM Trimmomatic) mpu
oMoIIM nporpamMmmuoro odecneuenust Platanus v1.2.4 (cOopiiMk OCHOBaH Ha TOCTPOCHHH

rpados ne-bprouna) (Kajitani et al., 2014), npousBoauiacs B TPH dTara:

. Co6opka kouTHroB. Ctpoutcs rpad ne-bpronHa, B y3imax kotoporo Haxoastcs K-mepsl, a
rpaHd TPEACTABICHbI MX TEPEKPHITHAMHU, MOCIe Yero u3 rpada yIausioTCs «IIy3bIpu» -
pa3BETBICHHS TOIOJOTHH, BOSHUKIINE B CBSI3U C PA3IMUYMSAMH B MApHBIX XPOMOCOMAaX BBICOKO
reTepoO3UroTHOr0 opraHu3mMa (MHGoOpManuss O HUX HCHOJB3YeTCS B TMOCIHEAYIOUIMX CTaJHsIX
cOOpKH).

o COopka KOHTHTOB B 0OoJiee TPOTSHKEHHBIE CKAI()(DOIABI C MCIOIB30BAaHUEM ITaHHBIX O
MAapHOCTU MPOYTEHUH U JAalbHEHIIee yaaleHue My3bIpeil, BOSHUKIINX Ha 3TOM 3Tarle, MoCcie 4ero
MIPOUCXOIUT MX 00paboTKa, ¥ BEIOOp HanboJee MOIXOAIINX BAPHAHTOB TOMIOJIOTHH JUTSI KXKIOTO
U3 TAaKUX YYaCTKOB.

o 3aKkpbITHE pa3phIBOB, 00Pa30BABIIMXCS MPU PEIAKTUPOBAHUN U 00BEIMHEHUU KOHTHUTOB,
MOJYYeHHBIX HA IPEABLIYIINX dTarax.

KagecTBo cOOpOK olleHMBaNOCh Mpu momonu nporpammHoro odecnedenuss QUAST-5.0.0, ¢
ucnons3oBanreM makera BUSCO (Benchmarking Universal Single-Copy Orthologs, mouck
YHUBEPCAJIBHBIX OJHOKOIMNHBIX OPTOJOTOB JYKapHOT). Takke TOTOBble COOpKH OBLIN

NPOBEPEHBI HA KOHTAMHUHALIMK BbIpaBHHBaHueM anroputMoM BLAST na 6a3y NCBI Nucleotide.

2.2.3 Ynanenue konramuHanuii u3 nanubix lllumina

Jlns ynaneHus mocienoBaTelbHOCTEH, MPUHAAISKAIINX APYTUM OpraHu3Mam, u3 OMOIHOTeK
punoB, koporkue mnpoureHus |llumina Obut BeIpOoBHEHBI Ha THOpUAHYIO cOopky MaSUuRCA
nporpammoii Bowtie 2 v2.3.4.3 (Langmead & Salzberg, 2012) ¢ nabopoMm HacTpoek ‘“Very-
sensitive”. OtoOpaHHbIE pHUABI OBUIM WCIOJIB30BAHBI JUIS IMOBTOPHOW COOPKH MPOTrpaMMoOit
Platanus v1.2.4, mocine 4ero mojy4eHHbIe KOHTHTH MPOBEPSUIUCH Ha KOHTAMUHAIIUK TIPH TOMOIIIH
BhIpaBHUBaHus anroputMom BLAST na 6a3y manusix NCBI Nucleotide. [Tomumo 3toro, mo
NPOYTEHUSIM, OTQWIBTPOBAHHBIM OT KOHTAMHHHPYIOIIMX MOCIEAOBATENLHOCTEH, Oblia

noctpoeHa HoBas Bepcust criektpa K-mepos nmporpammoii KrATER v0.40.
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2.2.4 TonroroBka Kk coopke xaopormiaactHoii JTHK

@uibTpauus puaoB, npuHayiexkamux xioporutactHo JHK muaum M4B, npowusBogunack
METOIOM BBIPDABHMBAaHUS HCXOAHBIX OHOIMOTEK Ha pedepeHCHYI MOCIeI0BaTeIIbHOCTD
xnoportactHoit JIHK nmuaum ES517, cobpannyro panee corpyaHukamu lleHTpa reHOMHOM
ounoungpopmaruku D.I. Jloopxanckoro. IIpoutenuss PacBio BeipaBHMBaIUCH TporpamMmoit bwa
mem (Burrows—Wheeler Aligner, 6buin mpuMeHeHb CTaHIAPTHBIC MapameTphbl), MOCIE Yero
BBIPOBHEHHBIEC MOCIIEIOBATEIILHOCTH OBLIM OTOOpaHBI M COXPAHEHBI B OTHIENbHBIA (ailin ¢
ucronp3oBanreM nakera samtools. ITpourenus Illumina Gl BEIpOBHEHBI IpOrpaMmMoii Bowtie
2 v2.3.5 ¢ nabopom HacTpoek «Very-sensitive», mocie 4ero ¢ UCIoib30BaHKeM ckpunra hist u3
nakera npukianaaeix nporpamm KAT (Mapleson, Garcia Accinelli, Kettleborough, Wright, &
Clavijo, 2016) crpounuch criekTpsl K-MepoB oToOpaHHbIX puioB. K-Mepsl ¢ HanOosIee BHICOKHM
MOKPBITHEM (IIIMPOKO TPEICTABICHHbBIC B JAHHBIX) ObLIH U3bsTHI Iporpammoii filter kmer u3 Toro
e MaKeTa, W jJajee Mo HUM npoxoauia GpuHagbHas GuibTparms kopotkux mpoureHuid [llumina

(oTOuMpamuch publ, ComepIKale COOTBETCTRYIOINE K-Mepbr).

2.2.5 Coopka u anHoTanus xJjopomiactaoii JJHK

Coopka xnopomnactHoit JIHK ocymectBisimace mporpammoit  MaSURCA  v3.3.1 co
CTaHJAPTHBIMH HACTPOWKAMHU M3 OTOOPAaHHBIX JUIMHHBIX M KOPOTKMX TNpouTteHui. [lomydeHHbie
KOHTUTH BbIpaBHUBaNMKCh anroputMoM BLAST na 6a3y manneix NCBI Nucleotide, ¢ menbro
MOATBEPANTH MX MPUHAIISKHOCTH XIoporutactHoi JIHK. /lns anHOTam ObUT BEIOpaH KOHTUT €

HanOOJIbIIEH [UIMHOM.

Annotamust  xonbreBord JIHK xmopormmactoB mpoumsBonmiack BeO-mHCTpyMeHTOM (GeSeq

(https://chlorobox.mpimp-golm.mpg.de/geseq.html) co cnenyromumu mapamMerpamu:
1. OO01me onmuu
o Cozmanue multi-GenBank daiina
o Cosmanue multi-GFF3 ¢aiina
o Coznanue multi-FASTA daiina
© [IpuBecTH BIpaBHMBAHUE MO KOJTOHAM

2. BLAT search
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© AHHOTUPOBATh UHBEPTUPOBAHHBIC MOBTOPHI MJIACTH/T

© HacTpoiiku moucka — CTaHJIapTHbIE

3. HMMER profile search

© Hcnonp3oBaTh HAOOp HACTPOEK AJIsl pabOTHI ¢ XJIOpoIuiacTaMu Beiciux pactenuit
4. ARAGORN v1.2.38

o I'enermyeckmii Kog — bakTepuanbHBIN/XJIOPOIJIACTOB PaCTEHUM
© MakcumanbHag aauHa uHTpoHa — 3000 map ocHoBaHUH

5. tRNAscan-SE v2.0.3

© HUcrounuk nocnenosarenbHoctu — TPHK opranenn

© PexxuM Ioncka — CTaHAAPTHBIN

© I'eHeTMyeckHil KO — YHUBEpPCATbHBIN

o [loporoBoe 3Hauenue s 3anucu HageHHbIx TPHK — 15

© OTKJIIOUYUTD MPOBEPKY HA MCEBIOTCHBI

© BpIBeCTH A€TaIbHBIA OTUET O MPEACKA3aHHBIX TE€HAX

© OtobpaxkaTh TPOUCXOXKICHHE TTEPBHIX XUTOB

6. BLAT Reference Sequences

© HUcnonszoBats MPI-MP pedepencrr xmopornacTtos.

2.2.6 MeToabl (pujioreHeTHYECKOI0 aHAJIN3a ¢ HCHOJIb30BAHMEM XJIOPOILIACTHOM
JJHK

DuIOreHeTHYeCKU aHaIM3 MPOBOAMIICS MO JIBYM MOJIEKYJISIPHBIM MapKepam XJIOPOILJIaCTHOM
JIHK — wmexreHHOMY crieiicepy, HaxoasmeMycs Mexay reHamu trnF u trnl, u uaTpony trnl.
ITomumo paccmarpuBaeMbix Jimanid M4B wm ES517, B ananw3e ObUIM WCIOJIB30BAHBI JIAHHBIC
HEKOTOpBIX JPYrUX MpejacTaBuTeNieii poma Boechera (mocriemoBarelibHOCTH T'€HETHYECKOTO
Marepuajia ux xjoporuiactoB umeror cienyronire ID B 6aze NCBI Nucleotide: DQ013045.1,
DQO013046.1, DQO013047.1, DQO013048.1, DQO013049.1, DQO013050.1, DQO013051.1,
DQO013052.1, DQO013053.1, DQO013054.1, DQO013055.1, DQO013056.1, DQO013057.1,
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DQO013058.1, DQ013059.1, DQ013060.1), a Takxke Bumo Halimolobos parryii (AF307539.1) u
Polyctenium fremontii (AF183043.1). Xnopomiactaas JJHK Buna Boechera retrofracta raxke
Obula mpenocraBineHa koiueraMmu w3 LlenTpa reHomHol Ouomnpopmaruku um. D. T
JloOpkaHckoro. Bce mociieoBarebHOCTH BBIMICYTIOMSHYTBIX MapKepOB OBbLTH BBIPOBHEHBI
aNnropuTMOM MHOKecTBeHHOro BbipaBHHBaHusI MUSCLE, B kauecTBe moaxoja K KiacTepu3aluu
ObLT BEIOpaH METOJ] MIPUCOSAMHEHHS cocelel, mTpad 3a OTKphITUE pa3pbiBa - «-400», mTpad 3a
npoAobKeHue paspeiBa - «0». DUIOTCHETHYECKUH aHAIM3 TOJYYCHHOTO BBIPABHUBAHUS
nposoauics B nmporpamme MrBayes v3.2.6 (Ronquist & Huelsenbeck, 2003) ¢ ucnoabs3oBannem
CIICYIOIINX HACTPOeK: 6 MapKOBCKHX IIeTiel, 6 MUJUIMOHOB T€HEpAIHid, U3bIATHE JIePEBa KaXKIIbIC

100 reneparnuii, moaens 3poaonnun — GTR+1+G.

[Tonyuennoe nepeBo ObUTO BU3yann3upoBaHo B RStudio ¢ moaximodeHHbIM MOyIeM ApE.

2.2.7 MeTtonsbl ¢puoreneTnyeckoro aHa/u3a c HCIO0JIb30BAHNEM
nociaegosareabHocTu reaa APOLLO

Jns npoBenenus ¢unorenerndeckoro ananusa no reny APOLLO u3 6a3et manneix NCBI
Nucleotide 6buTH 3arpyKeHbI Bce TOCIEA0BATSILHOCTH JAHHOTO TeHa, onyoaukoBanHbie Corral u
coaBropamu (ID’s B ©0aze NCBI Nucleotide: KF705570.1, KF705577.1, KF705588.1,
KF705590.1, KF705592.1, KF705600.1, KF705601.1, KF705602.1). IIpu momoru anropurma
BLAST nannble mociienoBaTeIbHOCTH ObLTH BRIPOBHEHBI Ha reHoM Boechera stricta (3arpysxeH ¢
uHTEpHET pecypca Phytozome, https://phytozome.jgi.doe.gov), cbopky M4B, a Takxe Ha
IpeocTaBlIeHHble Kouieramu u3 Llentpa renomHoi 6uonnpopmaruku um. @. I'. JloGpxaHcKoro
coopku Boechera divaricarpa ES517 u Boechera retrofracta. ITo uroram paboThl anropurma
CKPHIITOM, HAlMCAaHHOM Ha si3bIke Python, u3 mpuBeseHHBIX TE€HOMHBIX JaHHBIX H3BICKAINCH
y4yacTkH, cooTBercTBytomme Jokycy APOLLO. J[Ings mnoctpoenus Oojee moapoOHOTO
¢unorenerndeckoro gepesa u3  0azel  NCBI  Nucleotide Obutn  Takke 3arpyxeHbl
MOCIIEIOBATEIEHOCTH TeHa, OPTOJIOTUIHOTO JTAHHOMY;, MIPUHAIIIEKAIIAES pany
ommskopoacTBeHHBIX  BHaoB (mx ID’s B 06aze NCBI Nucleotide: NM_001334644.1,
XM_006390370.2, XM_021035177.1, XM_023787194.1)

MHOXECTBEHHOE ~ BBIPAaBHHBAaHHE IMOCJIEIOBATEIILHOCTEH  MPOM3BOMMIOCH  aJITOPUTMOM
MUSCLE, nocne 4yero oHu ObLIM MOABEPrHYTHI (uibTpanuu nporpammoit Gblocks v0.91b ¢
UCIoNb30BaHKeM mapamerpa «lcmomp30BaTh MeHee CTpPOryro (WIBTpanuio (GIaHKUPYOLTHX

no3unui». MroroBoe BbIpaBHHUBaHME aHAJIM3MpoBajock B mporpamme MrBayes v3.2.6 co
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clenyronmM HaO0oOpoM HacTpoek: 6 MapKOBCKUX Iiere, 6 MHUJUTMOHOB TE€HEpalHuid, IEPEeBO

n3bIMaiock Kaxaeie 100 renepanuii, Mmoaens 3Bomonun — GTR+1+G.

[MonyueHHBII BBIBOA TPOrpaMMbl ObLT BU3yann3upoBaH nakerom Ape B Rstudio.
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I'naBa 3. Pe3yabTarsl u 00Cy:K1eHUE

3.1 AHAJIN3 M KOPPEKIHUA UCXOAHBIX MPOYTEeHHU I

B xone oleHKHM Ka4ecTBEHHBIX xapakTtepuctvk puaoB Illumina mporpammoii FastQC v0.11.7
Obula BbIsIBIIEHA Ipo0seMa MepenpeacTaBIeHHOCTH psafa K-MepoB B JaHHBIX, MpUHAIEKAIINX
Boechera divaricarpa nuann M4B (PucyHok 6). Bee m3nuiine yacto Berpevaromuecs K-mepbl
HaOmonamucek B oomactu 20-TH MEPBBIX HYKJICOTHUIOB KAXKI0TO TPOUTECHHS, U3 Yero ObLI clenaH
BBIBO O TOM, 4YTO U3 TIOJYYEHHBIX TPOYTCHUH He ObUTM yHaJeHbl aJanTepHbIe
MOCJIeIOBATENIbHOCTU. JlaHHBIE HYKJICOTHIBI OOpe3aiuch mporpamMmoi Trimmomatic v0.32,
nocyie yero ObUT pOBeieH MOBTOPHBIN aHanu3 FastQC, He moka3aBmuii mpodiem.

B oruere, cpopmMupoBaHHOM BBICOKO ABTOMAaTM3UPOBAHHOW YTHIIUTONH 0OpabOTKHM pPHAOB
PacBio SMRT-link ue comepxainock coobuieHnii 06 ommrOKax KOPPEeKIIUH.

Anamu3 cnekrpoB K-mepoB nannbix lllumina, BusyanusupoBanHbix B mporpamme KrATER
v0.40, mokazan, yto reHoMbl jauHMA ES517 mw M4B o0namaioT BBICOKHM YpPOBHEM
rerepo3urotHoctr (PucyHok 7). Ha 3To yKka3pIBarOT [Ba OTYETIMBBIX, COMOCTABHUMBIX I10
pasmepy mmHKa, HaOlltogaeMble B OOOHMX CIEKTpax, HO B ciydae juHMH ES517 K-mepsr,
(dbopmupyIOLIHe 3TU MUK, 00JIaAal0T JOCTAaTOYHO BBICOKUM IOKPBITHEM, TOI/Ia KaK B CIEKTpPE
muaud  M4B  OHM YacTMYHO MAacKHpPOBaHBI OOJBIIMM KOJMYECTBOM HHU3KO MOKPBITHIX

MOCJIEI0OBATEIFHOCTEH, KOTOPhIE MOXKHO OOBSICHUTh HAJIMYUEM B OMOIIMOTEKaX CEKBECHUPOBAHUS
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ClIeIOBBIX KonmdecTB JiuuHHbIX Monekynl JIHK, npunaanexammx JIpyrum opraHuzmam
(KOHTaMUHAIMY C 9YKEPOJHBIM T'€HETUYECKUM MaTEpUAJIOM).

a) Kmer Content

LogZ Obs/Exp

=] GTGCCAG
GGACTAC
TECCAGC

u 1224567881519 230-34 45-4% 60-64 753-78 8064 110-114 135-13% 160-164 185188 210-214 235-239
Position in read (bp)

6) Kmer Content

Log2 Obs/Exp

GGEACTAL
GTECCAG
CGEGACTA
TECCAGT
o GCGGACT

S= «MWWMA&;%&@Q

1234567891519 30-34 45-49 60-84 75-79 90-24 110-114 135-139 160-164 185189 210-214 235-239
Position in read (bp)

PucyHok 6. - I'paduku conepxanust K-mepoB B 0uba1oTekax npsmbix (a) U o0patHbIx (0)
npourenuii lllumina muanu M4B. U3 rpadukoB ciaenyert, uto HekoTopbie K-Mepbl BcTpevaroTcs B
JaHHBIX HAMHOTO Yallle OCTaJIbHBIX.

~%
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Distribution of 23-mers
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Pucynok 7. — Cnektpsl K-mepoB puzmos lllumina, npunamnexamne renomy Boechera
divaricarpa M4B. O6a rpaduka 1eMOHCTPHPYIOT 1O 2 MUKA, OIMH U3 KOTOPBIX IPUXOAUTCS Ha
30HY c71a00 MOKPBITHIX PUAOB (T€TEPO3UTOTHAS YaCTh TE€HOMA), a IPYTroi — Ha 30HY,
NpeACTaBIsIoNy0 K-Mepbl ¢ BBICOKMM MOKPHITHEM PUOB (TOMO3UTOTHAs YacTh TE€HOMA).

ITomumo TOro, CTOuT O6paTI/ITB BHMMdHHE Hd COOTHOIII€HKEe BBICOTHI ITMKOB KaXK/10I'0 CII€KTPa:

B 000ux Cnydasax HepBbIﬁ MUK BbIIIE€ BTOpPOro, 4TO, TdKXe CBHUAETE/JILCTBYET O BBICOKOM

reTepo3UroTHOCTH UCCIelyeMOro reHoMa. IlomydeHHble JaHHBIe ObITM YUTeHBI B Ja/bHEHNIIIen

paboTe C «CHIPBIMU» PH/IaMH — TIPEATIOUTEHHE OTAABalOCh MOJX0/aM, pPellaloM mpobiemMbl

C6OPKI/I BBICOKO I'eT€pO3UIrOTHBIX T€HOMOB.
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3.2 Bei0op Hamnydmeil crparermd COOPKHM BBICOKO Te€TepPO3UTIOTHOIO
reaoma Boechera divaricarpa M4B

JlanHbple, OMyYeHHBIC B XOJ¢ aHaiIM3a OMOIMOTEK MPOYTCHUM, OBUTM YYTEHBI MPH BBIOOpE
MOJXOM0B K COOpKE TEeHOMOB — MPEIINOYTEHHE OTAaBaJIOCh METO/AM, PEIIAOIIUM HPOOIEeMBbI
TCHETHYECKOTO aHajM3a BBICOKO T€TEPO3UTOTHBIX OpraHM3MOB. B pamkax naHHOW paboThl OBLIO
peIIeHO TMPOTECTUPOBATh JBE MPOrpaMMbl Ui COOPKHM TE€HOMA, YHAOBJIECTBOPSIOUINE 3TOMY
ycinoButro — MaSURCA v3.2.8 u Platanus v1.2.4, u npoBecTH CpaBHUTEIbHBIN aHAIN3 UTOTOB X
paboThl co cOOpKaMH, MPENOCTABICHHBIME COTPYAHHKaMHU LleHTpa TeHOMHOW OHMOMH(pOPMATHKH

uM. O@. I". JIoOprxaHCKOTO.

3.2.1 De novo coopka renoma Boechera divaricarpa M4B nporpammoii MaSURCA

IIpu momomm mporpammbl MaSURCA Vv3.2.8 u3 KOpPOTKMX MW JJMHHBIX PHJIOB Oblia
npousBezicHa rudpuHas coopka renoma Boechera divaricarpa nmuanun M4B.

Koporkue puner [llumina oGmagaroT BBICOKMM KadyecTBOM, B TO BpeMs Kak puabl PacBio Bo
MHOTO pa3 MPEBOCXOJAT UX MO JJUHE. AJITOpPUTM, Jexamuii B ocHoBe cOopumka MaSuRCA,
MO3BOJISIET OOBEIUHUTH NPEHMYINECTBA OOOMX THIIOB IaHHBIX — JJIMHHBIC puabl PacBio
SIBJISIFOTCST pe)epeHCOM UIs KapTHPOBaHHS HAa HUX KOpOTKUX puaoB lllumina, B cnencrBue uero
MOSIBJIIETCS BO3MOXKHOCTh M30€kaTh oOpa3oBaHMs “‘Tiy3blpedi” B rpadax nae-bprouna mnpu
(opMHPOBaHUU KOHTHIOB, HE KEPTBYS IPH ITOM TOYHOCTBIO CeKBeHUpOoBaHMsl. CTOUT OTMETHUTD,
YTO, HE CMOTPSI Ha UCIOJIb30BAHUE JJIMHHBIX IPOUYTEHUH, COOPKa, MOTydeHHas! JaHHBIM METOI0M
SIBJISIETCSI KOHCEHCYCHOM.

B xome amamusa manHO#N cOopkm TreHoma ymaME M4B mporpammoit QUAST-5.0.0 Obutn

COOpaHbI CIEAYIONTNE METPUKH:

. Yucno xontrro — 9065

o OOmiass anuHa (B mMapax OCHOBAaHUM, y4TeHBI TONbKO KOHTUTH JuimHHee 500 m.H.) -
392375948

. HaubGonpmmii koHTUT (B Tapax ocHoBaHUi) — 4529469
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. N50 (B mapax OCHOBaHWM, NTaHHBIH IOKa3aTelib OTPa)kKaeT JIMHY KOHTHUTA, KOTOPBIH,
BMECTE CO BCEMHU KOHTHraMu OOJbIlIel JUIMHBI, IPUCYTCTBYIOIIMMH B cOopke, mokpbiBaeT 50%

rerHoma uiau oosee) — 396913

. Metpuka Complete BUSCO (mporieHT HaiiieHHBIX MOJHBIX OPTOJIOTOB DYKApHUOT) —
90.76
o Merpuxka Partial BUSCO (miporueHT 4acTHYHO COOpaHHBIX OPTOJIOrOB dyKapuort) — 2.31

3.2.2 De novo coopka reaoma Boechera divaricarpa M4B nporpammoii Platanus

Coopummk Platanus v1.2.4 takke Obul BbIOpaH aiasi pabOTHI, MOCKOJBKY OH pa3paboTaH
crieranbHo Jutst de NOVO cOOPKU FeHOMOB BBICOKO Te€TEPO3UTOTHBIX JUILIOU/IHBIX OPraHU3MOB U3
KOPOTKUX MpOUTeHH. Ero anropuT™ BKIIIOYAET HECKOJBKO CTAIH, TO3BOISIONNX (P PEeKTHBHO
YCTPaHATh «I1y3bIpU» M3 TOCTPOEHHBIX TrpadoB ne-bproumHa, a Takke CTaguio, B KOTOPOM
UCIONB3yeTCs MH(POPMALIKS O MAPHOCTU MPOYTEHUH, OIarofapsi 4eMy COKpamiaeTcs BeposiTHOCTb
HETPaBUIILHOTO OOBEIMHEHHS] KOHTUTOB B CKA( (O IBI.

Anamu3 mporpammori QUAST-5.0.0 mpemocraBwin ciiegyrone cBeicHHs o cOopke B.

divaricarpa M4B, npoussenenHoii Platanus:

o Yucno konturos — 105470
o OOm1as [uyinHa (B mapax OCHOBAaHHM, yUTEeHBI TOJIbKO KOHTUTH JuinHHEee 500 1.H.) - 266829223
. Hau6Gonpmmuii koHTUT (B mapax ocHoBanuit) — 132076

o N50 (B mapax ocHoBanuii) — 4610
o Merpuka Complete BUSCO (niporieHT HaliICHHBIX MOJHBIX OPTOJIOTOB 3yKaproT) — 71.62

o Mertpuka Partial BUSCO (miporieHT 9acTHYHO COOpPaHHBIX OPTOJIOrOB dyKapuot) — 13.86

3.2.3 CpaBHUTe/IbHASI XapaKTEPUCTHKA PAa3IUYHBIX CTpaTreruii cOOPKU BBICOKO
rerepo3uroTHoro resoma Boechera divaricarpa M4B

CratucTuueckne TMOKa3aTelyd JBYX BBHIIMICYIOMSHYTHIX COOPOK TEHOMA, TMONTYYCHHBIE C
nomotibio porpammbl QUAST-5.0.0, cpaBHHBaIMCh MEXIy COOOM, a TaKKe C IMOKa3aTeIISIMH

cOOpOK, MpenocTaBleHHbIX KkojuieramMu u3 llenTpa renomHoit Ououndopmaruku um. O. I.
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JHobpxanckoro (Tadauua 1). Kak cieayer u3 npuBeAeHHOM TaOIUIBI, HAMUTYUIINA PE3yIbTaT 10
metpuke N50 moxazana c6opka nporpammbl MaSURCA v3.2.8, B TO jke BpeMsi OHa 3aHsJIa BTOPOE
MECTO 10 CyMMapHOH JUIMHE MOJYYMBIIUXCS KOHTUTOB M HE3HAYUTEIHHO OTCTaja OT JIMAepa Io
nporeHty HaieHHsix BUSCO opronoros. HauBbicime mokasarenn CyMMapHOUW JTMHBI COOPKH
Y HalJCHHBIX OJHOKOIUHHBIX OPTOJIOTOB DYKApUOT MpUHAIIe)KAT COOpKE TeHOMa, MPOBEACHHON
¢ nomomisio Canu. K coxxanenuro, 3Hauerne N50 1 BeauunHa caMoro MIMHHOTO KOHTHIA JaHHOMN
cOOpKHM 3HAYUTENBHO MEHbIE, 4YeM TakoBble y cOopku MaSURCA, 4Tto CBHIETEIBCTBYET O
OoJIbIICH TUCKPETHOCTH KOHTUTOB cOopku Canu. B ucciieioBaHUsIX MOJICKYISPHBIX MEXaHU3MOB
pEryJSIiY allOMUKCUCA Y BBICOKO TE€TEPO3HIOTHBIX THOPUIOB MPUHAIUICKHOCTh KOHKPETHBIX
aJyieNieil TeHOB T€HOMY TOTO HJTM WHOTO POAMTENSI MOXKET MIPaTh KIIOUEBYIO POJIb, TOITOMY IS
aHanmM3a CJeayeT WCIONb30BaTh KOHTHTH, HawOojee ONHM3KME K PEKOHCTPYKIHSM IOJTHBIX
XxpomocoM. B cBsi3u ¢ BblllecKa3aHHBIM, cOOpKa, ocyliecTBieHHas mnporpammoir MaSURCA,
ObuIa omnpezienieHa Kak camasi 3(Q(eKTuBHAs, TOCKOJIBKY €€ CTAaTUCTHYSCKUE MTOKA3aTeIn TOBOPST
0 BBICOKOM TIOKPBITHH COOPAaHHOTO TeHOMa KOHTUTAMHM, TIPEBHIIIAOIINMHU 110 pa3MepaM KOHTHUTH
BCEX MPOYUX COOPOK.

BeipaBHuBanue manHoi cOopku aaroputMom BLAST Ha 6a3y manusix NCBI Nucleotide ue
BBISIBIJIO SIBHBIX KOHTAMHUHAIMH C T€HETUYCCKHMM MATEPUAJIOM JIPYTMX OPraHWU3MOB, UTO TaKKE

CBUACTCIIBCTBYCT B MOJIB3Y €€ BHICOKOT'O Ka4€CTBA.

3.2.4 OuncTka HCXOTHBIX KOPOTKHX mpouTeHuii reHoma Boechera divaricarpa
M4B BbipaBHHUBaHHEM Ha Hauboj1ee yCNEelHY0 cOOpKY

Hcxonubie kopotkue npourenus lllumina renoma muanun M4B, HeoOXoauMbIe 71 TaibHEHIIICH
pa0oThl, ObUIM OTGWIBTPOBAHBI OT KOHTAMMHHUPYIOIIUX YY)KEPOIHBIX IOCIEI0BATEIbHOCTEH
MyTeM BbIpaBHHBaHHUs HporpamMmoii Bowtie 2 v2.3.4.4 Ha pedepeHCHYO MOCIeI0BaTeIbHOCTb, B
pOJIH KOTOPO# BhICTymMana cOOpka reHOMa, MOJyYeHHAs B Pe3yJbTaTe WCIIONHEHHS TPOTPaMMBI
MaSuRCA v3.2.8. 13 oToOpaHHBIX JaHHBIX ObLTa Tpom3BeneHa cOOpka TeHOMa IMpOrpamMMoit
Platanus v1.2.4, 3arem npoBonwiics aHanu3 noigydeHHou cOopku mporpammamMu QUAST-5.0.0 u

BLAST. Otuer nporpammbl QUAST conepskan crieayronryro HHPOpPMAaIIHIO:

o Yucno xoaTHTOB — 97679
o OOm1ast ;yinHa (B mapax OCHOBAHHM, yUTEeHBI TOJIbKO KOHTUTH JuinHHee 500 1m.H.) - 251482452
. HauGonpmmii koHTUT (B apax ocHoBanuit) — 132084
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o N50 (B mapax ocHoBanuii) — 4621
. Metpuka Complete BUSCO (mporieHT HaiIeHHBIX [TOJIHBIX OPTOJIOrOB 3yKaproT) — 66.67

. Mertpuka Partial BUSCO (mporieHT 9acTHYHO COOpPaHHBIX OPTOJIOrOB dyKapuot) — 16.67

Kak MOXXHO 3aMeTUTb, IO CPaBHEHHUIO C NepBoil cOopkoii Platanus ymeHbimwiicy 3Ha4eHUs
TaKUX I[IOKa3aresied, Kak 4YHUCIO KOHTUIOB, CyMMapHas JUIMHA BCeX COOpaHHBIX
MIOCIIEIOBATEIbHOCTEH, IPOIICHT MOJIHOCTHIO COOPAHHBIX OJHOKOIMMUHBIX OPTOJIOTOB 3YKapHuoT, B
To BpeMs kak N50 u aymmHa HauOONBIIET0 KOHTHTA MOYYHIIN JIMIIb He3HAYUTEIbHBIA TPUPOCT.
JIBa 1ociieIHUX MOKAa3aTessl CBUAETENLCTBYIOT O ITOYTH HE N3MEHMBILEMCS KOJIMYECTBE JJIMHHBIX
KOHTHUIOB, a TaKKe 00 UX pa3Mepax, COXpPaHHUBILUX MPEKHUE Mpeaeibl. 13 3Toro MoxHo crenarb
BBIBOJI O TOM, YTO MaJICHUE KaYeCTBA, BEPOSATHO, BBI3BAHO MCKIIOYEHUEM W3 COOPKH MPOYTEHUI
TEHETUYECKOr0 Marepuaja APYTUX OPraHW3MOB, MOCKOJBbKY OHH, OyIydd HHM3KO HOKPBITHIMH,
COOMparOTCsl MPEUMYLIECTBEHHO B HEOOJNIbIIME KOHTUIH, He Biustomue Ha 3HadyeHue NS5O u
BEJIMYMHY CAMOM JUIMHHOW COOpaHHOMN MOCIe]0BaTEIbHOCTH.

BrlpaBHUBaHME TMONy4eHHBIX KOHTUTOB anroputMoM BLAST He mnoxasano 3HaYUMBIX
KOHTaMHUHALIWH, U3 YeTO MOKHO CJIENIaTh BBIBOJ 00 YCHEITHOM M3bSTUU TIOCTOPOHHUX JaHHBIX.

YroObl y3HaTh, YBEIMYWIOCH JM TMOCHE (QWIBTPALMM IOKPBITUE PUJIOB, MPUHAIEKALIUX
reHomy Boechera divaricarpa nuauun M4B, o HOBbIM JaHHBIM ObLT OCTpOeH crekTp K-MepoB B
nporpamme KrATER v0.40 (Pucynok 8). Ha rpaduxe HaOmomaeTcst 3aMETHBIM TPUPOCT
nokpbiTusi K-mMepamu punos, otHocsuuxcs k reHomHoi JIHK (nBa muka B neBod wactu
rpapuka). Takoe JOEeMACKMpOBAaHUE TAKXKE CBHUJETENBCTBYET 00 A(PQPEKTUBHOM YyHaleHUH

qyKEPOJHBIX IPOYTEHUI.
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HNcxopHble faHHBIC 1079:(1):3:18(3 Yucio JinuHa Hanbo/Ib1Iero N50 (B mapax Cymmapuas  Complete Partial
NpOrpaMMbl | KOHTUIOB KOHTHra (B mapax HYKJIEOTH/I0B) AJauHa (B BUSCO | BUSCO
HYKJ/ICOTH/IOB) napax (%) (%)
HYKJICOTH/I0B)

VcxopHble KOpOTKHE Platanus 105470 132076 4610 266829223 71,62 13,86
PUJIBI
Ncxopnbie kopotkue 1 | MaSuRCA 9065 4529469 396913 392375948 90,76 2,31
JUTMHHBIE PUbI
(rubpupHasi cbopka)
VcxopHble ajiiHHBIE SMRT-link, | 4106 2080822 225982 410681519 91,42 0,99
pUAbI Canu
VcxopHble qyiiHHBIE SMRT-link, | 2223 2203066 327094 325620120 88,12 3,63
pUAbI HGAP
OtkoppektupoBaHHbie | LoRDEC, 20883 181615 6410 111378385 79,21 4,29
J/TUHHBIE PUJBI Canu

Ta6auua 1. Craructuueckue nokasarenu coopok reaoma Boechera divaricarpa M4B
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Distribution of 23-mers

8
10 —— S1:496.54 Mbp
107 4
106 4
10° 4

104 3

10

Number of distinct 23-mers

107 5

101 §

107

8000000 ~

7000000 ~

6000000 -

5000000 +

4000000 +

3000000 ~

2000000 ~

1000000 +

T T
10 20 30 40 30 60 70

Multiplicity

Pucynok 8. — Cnexrp K-mepoB npourenwuii |llumina, or¢unsrpoBaHHBIX BBIpaBHUBAaHUEM Ha
pedepeHcHyI0 mocaea0BaTesHOCTh - cOopky renomuoi JIHK Boechera divaricarpa M4B,
npousBeneHHyto nporpammoit MaSURCA. Ha rpaduxe nHabnrogaercst Bo3pociiee MoKpeITHe (1o
cpaBHenwuio ¢ puc.7 B. divaricarpa M4B) na yuactkax, oTHOCsmxXcst K renomuo# JIHK.
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3.3 Anamm3 xjopomiaacraoii JIHK Boechera divaricarpa sunamii M4B n
ES517

3.3.1 MoaroroBka npouTeHuii A5 coopku xaopomiactaoii JHK

Hust coopku xmoporutactHoit JIHK Owima BeiOpana mporpamma MaSURCA, mockonbKy oHa
MoKasajia HauboJee BHICOKUE Pe3ylibTaThl 10 CPABHEHHIO C APYrUMH cOopuirkamMu. Buay storo
MOHAI00MIIOCh OTJEINTh KaK KOPOTKHE, TaK U JUIMHHBIC MPOYTCHHS TCHETHYECKOrO MaTepHhasia

IJIACTUJ OT PUIOB, IpUHaMIekamux saepaon JTHK.

Kmer histograms

250 F T T T =
"kat.hist"

200 - —

150 —

100 -
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R Mz b it
0 1000 2000 3000 4000 5000 6000 7000 8000 3000
]

Pucynok 9. — Cnexrp K-mepoB ans ordunprpoBanHbIx npsmbeix pugos llumina.
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Kmer histograms
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Pucynok 10. — Criextp K-mMepoB [uis otduinsTpoBanHbIx 00paTHbIX punos Illumina.

PedepencHoll mocienoBaTeNbHOCTBIO Ui 0TOOpa HEOOXOAMMOTrO MarepHaia IMOCITyXKHiia
coopka xioporutactHoi JIHK pacrenus Boechera divaricarpa muaum ES517, xoropas ObLi
npenocTaBieHa corpyaHukamu LlenTpa renomuoi 6uonHpopmaruku um. @.I. JloOpxaHCcKoro.
Punet Illumina BeipaBHMBaIMCH HA TAHHYIO MOCIIEI0BATEILHOCTh TporpaMmoi Bowtie 2, u nanee
C TMOMOUIbIO TporpammM, Bxomsamux B makeT KAT, mo oruiaTpoBaHHBIM MPOYTEHHUSIM OBLIH
noctpoensl crekTpbl K-mepos (Pucynku 9, 10). Ilocie ananusa nonydeHHbIX rpadukoB ObLTH
otoopanbl K-Meper ¢ mokpeitieM ot 3500 mo 6000 mst 6MOAMOTEKH MPSMBIX MPOYTEHUH, U C
nokpeiTeM oT 3000 mo 5500 st OnGmMoTeKn 0OpaTHBIX, TOCKOJIBKY B ATUX TPaHHUIAX JICHKATH
IUKK UX MOKpBITHUA. B nanpHeiimem n3 6MOMMOTEK MPOYTEHUI OBLIM U3BATHI PUIBI, KOTOPHIM

IIpUHAJIC)KAIIN OTO6p AHHBIC K-MepLI.
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Jlmuaaele mpoureHus Pacbio taxkke ¢uusTpoBanmch BhIpaBHHBaHHEM Ha pedepEeHCHYIO

nocJesoBaTebHOCTE xJyoporutactHor JIHK muann ES517.

3.3.2 Pexoncrpykuus xjaopomiactHoii [IHK u mouck moJiekyasipHbIX MapKepoB
1J1s1 (pHUIIOreHeTHYECKOI0 aHAIN3A

B xone c6opku JIHK u3 BHOBH OTHHIBTPOBAHHBIX PUIOB OBLIO MOIYyYEHO 2 KOHTUTA, JTUHOM
139622 u 95646 map HyKJIEOTHIOB, IIOCJIC YETr0 MyTeM BBIpaBHHUBAHHSA 00OMX KOHTHUTOB Ha 0a3y
nanabix NCBI Nucleotide 6buta ycranoBieHa UX HpUHAIICKHOCTh XioporwiactHou JTHK. s
aQHHOTAIMU OBLIT BBIOpAaH KOHTUT HauHON 139622 m. H., MOCKOJBKY €ro pa3Mmep B OoJblleid
CTETIEHH COOTBETCTBOBaN JuinHe XioporutactHoi JIHK, cBoiicTBeHHO# OIM3KOPOICTBEHHBIM
opranusmam (~154000 . H.).

AHHOTalMsT BBIOPAHHON TOCIENOBATENLHOCTH, BBIMIOJHEHHAS C TIOMOILIBIO HHCTPYMEHTA
GeSeq, nana cienyromue pesyiasrarsl (Pucynok 11.):

Anroputv ARAGORN o6Hapyxwun 36 renoB TPHK xmnopomactos

AnroputMm tRNAscan-SE o6napy»xun 36 renoB TPHK xsopomnactos

Ausroputm hmmer o6Hapysxuin 111 reros xmopormtactaoit JTHK

Jns  ¢unoreHernyeckoro aHanu3a ObUIM BBIOPAHBI yYacTKM KOHTHWIA, MpHUHAJUIEkKAIINe
MeXreHHoMy cneiicepy trnF-trnL u uHTpoHy rena trnL (koopaumHaTBl COOTBETCTBYIOLIUX

Y4YacTKOB OBIIH U3BATHI U3 (aiina, chOpMUPOBAHHOTO B XOJI€ AaHHOTALINH).

3.3.3 OmnpenesieHne JoHOpa XJOPOIUIACTOB Ui pactenuii Boechera divaricarpa
aunuii M4B u ES517

I'mopunorennas npupona Boechera divaricarpa mogpasymeBaet, 4To TeHETHUSCKUI MaTepHa
XJIOPOIIJIACTOB PaCTEHUI 3TOr0 BHIa HACIIEAYETCSA OT OHOTO M3 BUIOB-poauTeei (B. stricta wiu
B. retrofracta). UroObl y3HaTh, KaKMM ITOJOBBIM BHJaM MPHHAICKHUT XjaoporutactHas JTHK
pacrenuit B. divaricarpa M4B u B. divaricarpa ES517, Obu1 npoBeneH (uioreHeTHUECKU

aHaJIM3 0 TOCIIEA0BATENFHOCTSIM crielicepa trnF-trnL u maTpoHa rena trnl (Pucynok 12.).
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scf7180000
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. chloroplast genome 1 Egé? =
peakfragment — lfﬁﬁfn
"nu'-f”é‘iﬁ;" 139,622 bp
trnl “ns,ugh

[l photosystem |
[l photosystem 11

[l cytochrome b/f complex
[ ATP synthase

1 NADH dehydrogenase
[ RubisCO large subunit
[l RNA polymerase

[ ribosomal proteins (SSU)
[ ribosomal proteins (LSU)
M clpP, matK

[l other genes

[1 hypothetical chloroplast reading frames (ycf)
[l transfer RNAs
[l ribosomal RNAs

Pucynoxk 11. — Busyanusanus anHotanuu xjaoportactHoi JIHK Boechera divaricarpa M4B,
coopannoit mporpammoit MaSURCA. J11s1 61M3KOpoICTBEHHOTO (PUITOTEHETHUECKOTO aHATH3a
HauOOIBIINK UHTEpEC MPECTABIIAET PETHOH, coJep Kaiuii reus! trnF u trnL.
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— [ES517]

Boechera crandallii haplotype DS [DQ013060.1]
Boechera fendleri haplotype DR [DQ013059.1]
_{ Boechera divaricarpa haplotype DQ [DQ013058.1]

@-@ Boechera divaricarpa haplotype DP [DQ013057.1]
— Boechera selbyi haplotype DO [DQ013056.1]

— Boechera holboellii haplotype DN [DQ013055.1]
— Boechera lemmonii haplotype DM [DQ013054.1]

Boechera retrofracta
— —% Boechera holboellii haplotype DL [DQ013053.1]

Boechera pygmaea haplotype DK [DQ013052.1]
— Boechera stricta haplotype DH [DQ013051.1]

[M4B]
4{{ Boechera stricta haplotype DG [DQ013050.1]
© Boechera stricta haplotype DF [DQ013049.1]

0.005

— & ,
— Boechera stricta haplotype DE [DQ013048.1]

— Boechera stricta haplotype DD [DQ013047.1]
Boechera suffrutescens haplotype DB [DQ013046.1]
Boechera divaricarpa haplotype DA [DQ013045.1]

Polyctenium fremontii [AF183043.1]

Halimolobos parryii [AF307539.1]

Pucynok 12. — ®dunorenernyeckoe J1epeBo, MOCTpoeHHOe Ha 0aze baliecoBckoro ananmmsa
nocleaoBarenbHocTel cnelicepa trnF-trnl u uaTpona trnL. MacmraOnas mikana orpaxaer
KOJINYECTBO 3aMEH, PUXOASILMUXCSA HAa OJUH CalT, 3HAYCHUA B y3/1ax — baliecoBckue
BEPOSITHOCTH.

W3 Tomonoruu MpHUBEICHHOTO JepeBa MOXKHO CJeNaTh BBIBOJA, YTO T€HETHYECKHA MaTrepHal
xJyoporutactoB auHUU M4B Obut1 yHacenoBan ot B. stricta, mockonbky 3Ta JUHUS ToNaia B OTHY
KJIa/ly C IPEACTaBUTENIIMU IaHHOTO BH/JIA.

[locTpoeHHOE OEpeBO CBUICTENLCTBYET O OOIBIIEM POACTBE IOCIEIOBATEIbHOCTEH
reHeTnyeckux MapkepoB juHuu ES517 ¢ TakoBeiMu Buma Boechera retrofracta, uwem c
MOCJIE0BAaTeIbHOCTSIMH, TIPHHAJISKAUMHA B. Stricta, 4To ciy)kUT OCHOBaHHEM JIJIsl TUIIOTE3bI O

HacnenoBanuu IactugHod JIHK  or mepBoro w3  ykazaHHbIX BUAOB. J[lanbHeWimui
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OononH(pOpPMATHYECKUI aHAIM3 TalIOTHIIOB MHBIX TpeAcTaBUTENcH poma Boechera mosker

NPUBECTH K JTy4iiei kiaacrepusamuu B. divaricarpa ES517 u B, retrofracta.

3.4 Anamm3 sinepuoii JTHK Boechera divaricarpa suamii ES517 u M4B

B xozme BbIpaBHHMBaHHS pa3IUYHBIX BapuUaHTOB mocienoparenbHocTedt reHa APOLLO Ha
coopku B. divaricarpa ES517 u B. divaricarpa M4B, Obuti 0TOOpaHbl KOHTUTH, Ha KOTOPBIC
MIOCJIEZIOBATEILHOCTH BBIPOBHSUIMCH MOJIHOCTBIO U C BBICOKOM UAEHTHYHOCTBIO (>97%). B ciiyuae
muaun ES517 Ob1 HaliieH MUIb OAWH TaKOW y4acTOK, B TO BpeMs Kak B cOOpKe reHoMa JIMHHUH
M4B mnomumMo OmHOW WEIBHOM MOCIEAOBATEILHOCTH OBLT OOHApPY)KEH psl YaCTUYHO
MTOKPBIBAIOIIUX TOCIIEAOBATEIILHOCTh NCKOMOTO TeHA. YUYAaCTKH KOHTHUTOB, Ha KOTOPBIX HanOoJee
YCIICLTHO MPOIIJIO BhIPABHUBAHUE, ObUIN U3BATHI AJISl JalbHEHIEro aHaiu3a. TakuM ke o0pa3zoM
ObLTH OTOOPaHBI (GUIOTEHETHIECKUE MapKephl U3 pedepeHCHO# mocenoBarenbHocTd B. stricta u
coopku B. retrofracta, mposenentoii corpynaunamu L{enrpa reHoMHO#N OnonHpOpMaTuku uM. .
I JloOprkaHCKOTO, TIOCIE HYero Bce MoJydeHHbIe mocnenoBarenbHocTn Tena APOLLO wm
3arpy’KeHHBIC JOTOJIHUTEIHHO IOCIICOBATEIIBHOCTH TEHOB OPTOJIOTOB OBUIM ITOJABEPTHYTHI
MHO>KECTBEHHOMY BBIPABHUBAHHUIO, YUCTKE U TOCIEAYIOIIEMY aHanu3y B mporpamme MrBayes
(Pucynox 13.).

BaxxHo ormeTHTh, uTO MIOCTCIOBaTenbHOCTH Boechera sp. 1A2 S7 (KF705602.1), Boechera sp.
33A2 S6 (KF705570.1), Boechera sp. 11A2 S8 (KF705601.1) u Boechera sp. 111A2 S13
(KF705577.1) npunaanexar nonoBbiM amnensim rena APOLLO, Torna kak mocienoBaTebHOCTH
Boechera sp. 1A2 A3 (KF705590.1), Boechera sp. 33A2 A5 (KF705588.1), Boechera sp. 11A2
A1l (KF705600.1) u Boechera sp. 111A2 A8 (KF705592.1) npencraBisitotT co00# allOMUKTUYHBIE
QJUISIM ATOTO TeHa (WX OJKCIPECCHs OIyTUMO KOPPEIHPYeT C IPOSBICHUEM arlOMHUKCHCA).
[TomyueHHOE (QUIOTEHETHYECKOE JEPEBO JAEMOHCTPUPYET 3HAUUTENBHYIO KJIACTEPHU3AIMI0 TeHa
muann ESS517 ¢ anomukTHuHBIMEU ajuiesisiMu Boechera sp., uto, BEposTHO, CBHIIETEILCTBYET O €€
TOMO3UTOTHOCTH IO JAaHHOMY TIPU3HAKY, TTOCKOJIbKY, KaK YITOMHHAIOCH BhIIe, coopka MaSURCA
SIBJIIETCS KOHCEHCYCHOHM, a 3HauuT mnocienoBaTelbHOCTh reHa APOLLO B Hell sBiseTcs
YCPEIHEHHON Bepcuel BceX MOKPBHIBAIOIIUX €€ PUAOB. B To ke Bpemsi 00a poaUTENbCKUX BHIA
naHHOU nmHuK, B. retrofracta B Gombiieit cTenenu, u B. Stricta B MeHbIIICH, KIIACTEPU30BAIUCH C

MOJOBBIMH ayuieliiMiH TeHa. OTOeIbHO CTOMT OTMETUTh NOJIOKeHre reHa auHnu MA4B,

51



Taroreroniero K monosiM amensim APOLLO. Hcxons u3 Tex ke cooOpakeHHH O KOHCEHCYCe
COOPKM M CBEIEHMH O IHPUCYICTBUM B HEW Hapsaqy C IpoaHAIU3UPOBAHHOU
MOCIIEIOBATEIbHOCTBIO  YYAaCTKOB, YAaCTUYHO TOKPHIBAIOMIMX peEepeHCHBIN ajuienb, TaKas
KJIaCTepU3alMsl MOXKET CBHJIETEIbCTBOBATh O I€TEPO3UTOTHOCTH JTAHHOW JIMHUU MO aJljIeNisIM reHa
APOLLO. Tem He MeHee, BO3MOXHOE TMPHUCYTCTBHE JOMOJHHUTEIBHBIX KOIUW Te€Ha MOIJIO
MOBJIUATh HA PE3yJAbTaThl KOHCEHCYCa, U IMO3TOMY Ul MOATBEPXKIECHUS TUIIOTE3 O COCTABE
aieneit APOLLO B renoMax JaHHBIX JTUHUNA TPEOYIOTCSI TOTIOJIHUTENBHBIE SKCIIEPUMEHTAIIbHBIC

JaHHBIC, CIIOCOOHEIE JOKa3arb OﬂHOKOHHﬁHOCTB Irc¢Ha.
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Eutrema salsugineum [XM_006390370.2]

Arabidopsis thaliana [NM_001334644.1]

Arabidopsis lyrata [XM_021035177.1]

Capsella rubella [XM_023787194.1]
Boechera divaricarpa [ES517]
Boechera sp. 111A2 A8 [KF705592.1]

100] f|1o0

Boechera sp. 11A2 A1 [KF705600.1]

apo-alleles
19} Boechera sp. 33A2 A5 [KF705588.1]

Boechera sp. 1A2 A3 [KF705590.1]
Boechera stricta
4‘10’0(
Boechera divaricarpa [M4B]

"0l -~ Boechera sp. 11A2 S8 [KF705601.1]

Boechera sp. 111A2 S13 [KF705577.1]

Boechera sp. 33A2 S6 [KF705570.1] sexual-alleles

99

Boechera retrofracta

100

—0.01 Boechera sp. 1A2 S7 [KF705602.1]

Pucynok 13. - ®unorenernyeckoe 1epeBo, MOCTpoeHHOe Ha 0aze baiiecoBckoro ananu3a mocnenosarenbHocTeit rera APOLLO u
ero optosnoros. MacmtaOHas 1IKana oTpa)kaeT KOJMYECTBO 3aMEH, MPUXOIAIINXCSA HA OIMH CAalT, 3HaYeHUs B y31ax — bailiecoBckue
BEPOSITHOCTH.
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3aKJaoueHue

B pabore Obun peanm30BaHBl PA3IUYHBIE CTPATETHH COOPKM BBICOKO T'€TEPO3UTOTHBIX
TEHOMOB, C JaJbHEHIIEeH CTaTHCTUYECKOW 00paboTKOi uX pe3ynbraroB. [lomydeHHBIE COOpKH
CpPaBHHMBAJIUCh MeXAy co00il u co cOopkamu, MpEAOCTaBICHHBIMU cOTpynHUKamu LleHTpa
reHoMHOl OnomHdopmaruku uMm. ®. I'. JloOprkaHCKOro, B X0/1€ Yero Oblia onpeneiacHa Hauboee
s PeKTHBHAS METOAMKA IS pAOOTHI C CHIPHIMH MPOYTEHUSIMH TE€HOMOB BBICOKO T€TEPO3UTOTHBIX
OpPTraHu3MOB — rHOpHIHAS cOOpKa U3 [UTMHHBIX M KOPOTKUX MpouTeHnid mporpammoir MaSURCA.

C ucnone3oBaHueM orpaboraHHoro meroaa rubpuanoi coopku JJHK, Obu1 pexoHCTpyHpoBaH
reHeTHYeCKui Marepuai xioporiactoB Boechera divaricarpa M4B u mpoBeneH ero
¢uoreHeTHYECKUil aHaIu3 ¢ Ucnonb3oBaHueM baiiecoBckoil ctarnctuku. B xone ananu3a Obliu
MOJIY4eHbl YHUKaJbHBIE JaHHBIE O HaciemoBanuu xjoporutactHou JIHK muamu M4B ot Buaa
Boechera stricta, a Takxe mpopeMoOHCTpUpPOBaHO, uTo HuHUSA ES517 yHacnenoBana reHeTHUSCKHI
Marepuan IUIacTH] HE OT TMpelacTaBuTened 3Toro BuAa. YToObl YTOYHHUTH (UIOTCHHIO
xyoporutactaort JIHK muaum ES517 TpeOyercst paccMoTpeTh Oosblliee KOJMYESCTBO H30JISITOB
pa3IUYHBIX BUJIOB, U, B YaCTHOCTH, U30JISTOB BUa B. retrofracta.

B cobpannom renome nunun M4B Opina Haiinena nocienoBarenbHocTh TeHa APOLLO, mocne
4yero ObUT NMpoBeJCH (PUIOTEHETHYECKUH aHallu3, BKIIOYAIOLIUM IOCIeI0BaTeIbHOCTH 00eux
paccMarpuBaeMbix nuHuit B. divaricarpa. B xome ananm3a ObLTH CA€TaHBI BHIBOABI O BEPOSTHOMN
TOMO3UTOTHOCTH JIMHUHM ES517 1o amoMUKTHYHOMY ajieNto TeHa, ¥ TeTePO3UTOTHOCTH JINHUH
M4B, tem He MeHee, I TOYHOTO ONpEAETCHUS COCTaBa ajulejedl HeoOXOAUM aHaIu3

xoruitHocTy reHa APOLLO B reHoMax pacCMOTPEHHBIX JIMHUM.
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BuIBOABI

Onpenenena Haubosee 3¢hdekTHBHas cTparervss COOPKHM T€HOMOB BBICOKO TeTepO3UTOTHBIX

OpraHu3MoB — rudbpugHas cbopka rporpammoit MaSuRCA (v3.2.8).

YcraHoBneHo, uto Boechera divaricarpa M4B ynacnefoBana xnopomsiactayio JHK ot B.
Stricta, B To Bpemsa Kak /uHMS ES517 BepoATHO Hac/iefyeT TreHeTMYeCKHM Marepuasl
XJIOpOIIJIacCTOB OT BUZA B. retrofracta. [l yrouHeHUs JaHHBIX O Hac/iefoBaHUM JuHUA ES517
ciielyeT TIPOBECTH aHaiv3 Oosiblllero KoimMuecTBa HM3074TOB Buza B. retrofracta., a Taxoke

H30JIATOB APYIUX O/TM3KUX BHOB.

KonceHncycnas nocnezgosaresibHOCTh TeHa APOLLO nuuuu ES517 nokasasna BBICOKYHO CTelleHb
KJ/IaCTepr3alii C arlOMUKTUYHBIMU a/ljleJIIMUA, YTO C BBICOKOM BEPOSITHOCTBIO YKa3blBaeT Ha
TOMO3UIOTHOCTh [AaHHOM JIMHUW IO 3TOMy asuiento. JluHua M4B 3aHsia npomexyTouHoe
TIOJIOKeHUe MeXXy T0JIOBBIMM M allOMUKTMUYHBIMU aJl/le/IIMU Ha JiepeBe, IOJIlyYeHHOM B XoZe
(usoreHeTUUECKOTO aHanMu3a TmocsienoBaTesibHOCTU reHa APOLLO, uro cBUAETeNbCTBYET O
BO3MOKHOM Ha/lW4iu 00OMX asuienell B reHOMe STOW JIMHWW. [I7si yTOYHEHWs MOydeHHbIX
JJ@HHBIX CjeflyeT YLOCTOBEPUTHCS B OFHOKOIMMWHOCTM H3y4yaeMOrO0 TeHa Y Ipe/CTaB/IeHHbIX

nuHui Boechera divaricarpa.
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