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I'oMeOOO0OKCHbIe TreHbl PAaKTOpOB TpaHCcKpununun WOX
B [IapasmUTUUYEeCKOM pacTeHumn Monotropa hypopitys

Ha CTaaN IIBETEHIA

A.B. lllennnxosa @, O.A. Ilyabra, E.3. Kounesa, A.B. beaeuxuir, M.A. ®uaromnn, H.B. PaBun, K.I. Ckpsabun

DepepanbHoe rocyfapcTBeHHoe yupexaerie «DefepanbHblil nccnefoBaTenbekuin LeHTp "OyHAameHTanbHble OCHOBbI GuoTexHonornmn” Poccuinckon

akagemun Hayk», IHcTuty T 6ronHeHepuu, Mocksa, Poccusa

D®opmupoBaHue 1 NogAepKaHe NONyNALMIA CTBOSTOBbIX KIETOK
pacTeHUs KOHTPONIMPYIOTCA FTOMeOAOMEH-CoAepXKaLLyMy pakTopamm
TpaHckpunuymm cemerictea WOX. 3BontoLms roMeo6OKCHbIX FEHOB,
KOAMPYIOLWMX AaHHble 6eNKY, CYMTaeTCA OfHOMN U3 raBHbIX MPUYNH
MHoroo6pasus ¢popm LBeTKa 1 mopdponorum pacteHus B Lenom. Mexa-
HV3M PerynaLmmn HML CTBOJTOBbIX KNETOK B anuKasbHbIX MeprcTemax
Npr3HaH KOHCEPBATVBHbIM 1A LIBETKOBbIX PAaCTeHWI pa3HbiX BUAOB

1 Hambonee noapobHo nccefoBaH Ha moaenu Arabidopsis thaliana.
Mopdonormyeckoe pasHoobpasme NOKPbITOCEMEHHbIX NMOAPa3yMeBa-
eT Hanmune ocobeHHOCTEN 3TOro MeXaHU3Ma, MPUCYLLMX OTAENbHbIM
BMAAM, MPU COXPAHEHNN OCHOBHbIX CUFHAMbHbIX NyTeN. YHUKaNbHbIA
npeacTaBmTeSNlb MOKPbITOCEMEHHBIX 6€CXNOPOPUINbHBIN MUKOTe-
TepoTpod noabvensHuK Monotropa hypopitys nonyyaet nutatenb-

Hble BelecTBa OT KOPHell AepeBbeB Yepes MUKOPU3HbIN CMMOKO3.

B HAYKTUBHbIX YCNOBUAX afiIBEHTVBHbIE PEMNPOAYKTUBHbIE MOYKM Ha
KopHAx M. hypopitys BbiNyCKatoT LIBETOHOC C NPULBETHMKaMM U COLiBe-
TUeM Ha KoHue. M. hypopitys Tak »e, Kak 1 apyrve pacteHus, Gopmu-
pyeT MepucTeMbl COLBETUSA, LiBETKA U KOPHSA, BEPOATHO, NCMONb3yA
KOHCEepPBaTWBHbIE NYTN PErynaLnmn HUALL CTBOSTOBbIX KNeTOK. 3yueHne
roMeo6OKCHbIX FeHOB TaKOTO PacTeHUA PACLLMPUT 3HAHUA O BaXHbIX
3BOJIIOLMOHHbIX PpakTopax TpaHckpunumm WOX 1 no3BonuT nyuile
NPeAcTaBAATb MeXaHV3Mbl KOHTPOJIA CTBONOBBIX KETOK B MUKOreTe-
poTpodHbIX pacTeHuAX. B aaHHoI paboTe NnpoBefeH aHanm3 TpaHc-
KPUMNTOMOB KOPHS, MPULIBETHVKOB 1 LIBETKOB ABYX UHAVBUAYaNbHbIX
06pa3LoB nogbenbHKKa, COOpaHHbIX Ha CTaany LBeTeHusA. iaeHTn-
duumposaHbl MPHK naTy reHoB cemelictBa WOX, oxapakTepr3oBaHbl
NX CTPYKTYpa, GnnoreHns, naTTepH SKCNPeccum, a TakKe BOSMOXHbIe
dyHKUMU. COBOKYMHOCTb MOJTyYEHHbIX U INTEPATYPHbBIX AaHHbIX MO-
3BONUNA CAeNnaTb NPeANoNoKeHNA 0 GYHKLMOHANbHON PONU AaHHbIX
reHoB B OHTOreHese pacteHua. lfeHbl MhyWUST n MhyWUS2, Bo3mox-
HO, BOBJIeYeHbI B NOAAepKaHne Nonynaumny CTBONOBbIX KETOK Mepu-
cTem uBeTKa 1 cousetus. leH MhyWOX13, BepoATHO, yuacTBYyeT B KOHT-
pone KOpHeBOW HULLIY CTBOMOBbIX KNETOK, GOPMUPOBAHNN CEMEHHOM
KOPOOOUKY, MHALMALMKM LiBETEHMA 1 6330BbIX KNETOYHbIX NpoLeccax.
O6nacTb npumeHeHuna reHoB MhyWOX4 n MhyWOX2, Buanmo, orpaHu-
YeHa perynauueii CTBONOBbIX KNETOK Kambus 1 anddepeHLMpoBKon
ANLEKNEeTOK U 3UroTbl COOTBETCTBEHHO.

KnioueBble cnosa: Monotropa hypopitys; MukoretepoTpod; TpaHcKpumn-
TOM; CTBOJIOBblE KNeTKU pacteHus; mepuctema; WUSCHEL RELATED
HOMEOBOX; TpaHCKpunuuoHHble GpakTopbl; reHbl WOX.
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Homeobox genes encoding
WOX transcription factors

in the flowering parasitic plant
Monotropa hypopitys
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A.V. Beletsky, M.A. Filyushin, N.V. Ravin,
K.G. Skryabin

Institute of Bioengineering, Research Center of Biotechnology
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The formation and maintenance of plant stem cell
populations are controlled by the WOX family of
homeobox-containing transcription factors. The evolu-
tion of WOX genes is considered to be one of the main
reasons for flower morphology and plant architec-
ture diversity. The stem cell regulation mechanism is
considered to be conserved among flowering plants
and most thoroughly studied in Arabidopsis thaliana
as a model. The angiosperms morphological diver-
sity implies that there are species-specific features
inherent to this mechanism, while the basic signaling
is maintained. The unique flowering achlorophyllous
mycoheterotrophic plant Monotropa hypopitys obtains
nutrients from the tree roots through the mycorrhizal
symbiosis. In inductive conditions, the reproductive
stem with bracts and an inflorescence at the top is
developed from an adventitious root bud. Like other
plants, M. hypopitys forms the inflorescence, flower
and root meristems, presumably using conserved
mechanisms regulating stem cell niche. The study of
M. hypopitys homeobox genes should contribute to
the knowledge about the function of WOX transcrip-
tion factors and further understanding of the stem
cells control mechanisms in mycoheterotrophic
species. The aim of the present study was to analyze
M. hypopitys root, bracts and flower transcriptomes
obtained from two individual flowering plants. In total,
five WOX genes have been identified and character-
ized by their structure, phylogeny, expression pattern,
and possible functions. The assumption is that the
MhyWUST and MhyWUS2 genes maintain the stem cell
population in the inflorescence and flower meristems,
MhyWOX13 has a role in the control of root stem cell
niche, seed pod formation, flowering initiation, and
basic cellular processes, MhyWOX4 functions in the
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control of cambium stem cells, and MhyWOX2 partici-
pates in the differentiation of egg cells and zygotes.

Key words: Monotropa hypopitys; mycoheterotroph;
transcriptome; plant stem cells; meristem; WUSCHEL
RELATED HOMEOBOX; transcription factors; WOX genes.
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NHKaJlbHas MeprcTeMa rodera akTHBHA B TeYEHHUE BCei

KHU3HU pacTeHust. [Ipn MHOYKTHBHBIX YCIIOBHSX Bere-

TaTUBHBIN arekc modera nepexouT B PENpOTyKTHBHOE
COCTOSIHHE COL[BETHSI, KOTOPOE BMECTO JIMCThEB FEHEPUPYET
mBetkn (Besnard et al., 2011). B mentpansHOii 30HE MeprcTeEM
BCEX BUJIOB MO/IEPKUBACTCS CTAOMIIbHAS TPYTINIA MEJUICHHO
JISIISIIIUXCST CTBOJIOBBIX KJIETOK, TIOTOMCTBO KOTODPBIX HJIET
KaK Ha IOTIOJTHEHUE TOIYJISIIUY, TaK U Ha (JOPMHUPOBAHUE
opraHoB B rnepu¢epuitHoii 30He nocpencTsoM nuddepen-
LUPOBKU. MeXaHU3M peryisiliy JJaHHOTO IMpolecca Npu-
3HAaH KOHCEPBAaTHBHBIM [UISl L[BETKOBBIX PACTEHUH pPa3HBIX
Bu10B. Hanbonee moapoOHO OH HMcCiIeioBaH B MOJCIBEHOM
pacrenuu Arabidopsis thaliana (Somssich et al., 2016). ITon
LIEHTPAJILHOM 30HOH pacrosiaraeTcsi OpraHu3yoLUUi HEHTp.
OH KOHTPOJHPYET IMOJACPKAHUE MOMYISIINNA CTBOJOBBIX
KJIETOK Yepe3 CaMOpPEryIMpyIOIIyIOCs METII0 00paTHOit CBSI3H
CLAVATA3 (CLV3)-WUSCHEL (WUS). B cBoto ouepensp,
TpaHCKpUNIHNOHHBIH akTop WUS akTHBHPYET SKCIIPECCHI0
CLV3, xotopslil cBa3piBaetcs ¢ perientopamu CLV1 u CLV2
U 3aIlyCKaeT CUTHAJBHBIA IyTh OTPAHUYEHUS SKCIIPECCUU
WUS. Tem cambim nenitur CLV3 criocodctByet nuddepen-
IUPOBKE CTBOJIOBBIX KJIeTOK (Schoofet al., 2000; Katsir et al.,
2011; Nimchuk et al., 2011; Yadav et al., 2011). B iiBeTkoBOi#t
MEpHUCTEME ITOJ/IEP’)KaHIE CTBOJIOBBIX KJIETOK HOCHT Bpe-
MEHHBIH XapakTep O MOMEHTA HHUIIMALIUH BCEX [[BETKOBBIX
opranos (Prunet et al., 2009). MexaHu3M TepMHUHAITUH [[BET-
KOBOW MEPHCTEMBI BKJIIOUAET B CeOSl PETYIATOPHYIO METIIO
WUS-AGAMOUS (AG) (Lenhard et al., 2001), kotopas
HAYMHAETCS C aKTHBAIIMY TPAHCKPHUIIMH A G COBMECTHBIMU
yenmusmu WUS u LEAFY (LFY) (Lohmann et al., 2001)
1 3akaHuMBaeTcs penpeccueid WUS B EHTpe IBETKOBOM
MEPHUCTEMBI OTHOBPEMEHHO WIIM Cpa3y HOCJIE WHUIHALUH
IoA0MCTHKOB (Sun et al., 2009; Liu etal., 2011). B pesyins-
TaTe IBETOK ¢ (PUKCHPOBAHHBIM KOJUYECTBOM OPraHoOB (op-
MHUPYETCS TIPH MTOaBJIeHUH dKcrpeccuu WUS B MOMEHT UH-
JYKIUH TEPMUHAIMH [IBETKOBOM MEPHUCTEMBI, Pa3HBIN IS
Ka)KII0T0 BU/1a PACTEHHH, UTO, TPEAIIOI0KHTEIILHO, SIBIISIETCSI
OIIHOW M3 MPUYUH HEBEPOATHOTO Pa3HOOOPA3Msl I[BETKOBBIX
¢opm (Somssich et al., 2016) cpean 6onee gem 350000 BuoB
MOKpbITOCeMEHHBIX pacteHuit (Chapman, 2009).

B HacTostiiee Bpemst cCaMTaeTCsl, 4To JUIl (POPMHUPOBAHUS
MPaBWIEHONH MOP(OJIOTHH PAaCTEHHIO HEOOXOIMMBI TOMEO-
JIOMEH-coJiepKalliue pakTopbl TPAHCKPHIIIUU, B YACTHOCTH
npoxykTsl reHoB cemeiictBa WOX (Wuschel-related homeo-
bOX), romonornunsix reny WUS (Biirglin, Affolter, 2016).
IlentpanbHas ponbs reHa WUS B perynsiiiu HASHTUYHOCTH U
MOAZIEP’)KaHUH TUTFOPUITIOTEHTHBIX CTBOJIOBBIX KJIETOK B aIu-
KaJIbHON MepHcTeMe odera noka3aHa Juisi PAaCTeHHI Pa3sHbIX

leHeTuKa pacTeHUn

BuoB (Salvini et al., 2016; Segatto et al., 2016). Dxcnpeccus
WUS orpanmdeHa Tpynmoi KJIETOK, COCTABISIOIINX OPTaHH-
3YIOIIUH IIEHTP, K KOTOPOMY TIPIJICTAIOT CTBOJIOBBIC KIICTKA
(Besnard et al., 2011; Sun, Ito, 2015), a monaBIeHue €ro Kc-
MPECCHHU MPUBOHT K TOSIBICHUIO IKTOMHMYECKUX MEPUCTEM,
MPEXICBPEMEHHO TpeKpalnaronux csoe pazsutue (Laux et
al., 1996). [ToMuMO KOHTPOJIS IOITYJISIIIAU CTBOJIOBBIX KJICTOK
B Pa3HBIX BHJAaX MepHUCTeM, TeHbl WOX y4acTBYIOT Takke
B SMOPHOHAJIBHOM M PEHPOAYKTUBHOM Pa3BUTHH PACTCHUSI
(Haecker et al., 2004; Sarkar et al., 2007; Breuninger et al.,
2008; Ji et al., 2010; Lin et al., 2013).

DUIOreHeTHYESCKHIE UCCIESIOBAHUS PA3ICIHIN CEMEHCTBO
WOX Ha npesnroro « WOX13» (kyma Bxomst WOX10, WOX13,
WOX14 n ux romororn), mpoMexxyTouryto « WOX9» (WOXS,
9, 11, 12 m ux romosoru) u coBpeMeHHyr0 « WUS» (WOX1-7,
WUS u ux romosorn) kiansl (Haecker et al., 2004; van der
Graaff et al., 2009). YneHsI TpeThe KIagsl OTCYTCTBYIOT Y
BOJIOPOCIICH, MXOB H MAIIOPOTHUKOB (32 UCKIIFOYeHHEM Lep-
tosporangiatae) (Nardmann, Werr, 2012). DBoroninoHHast 1i-
Bepcudukanms reHoB WOX n mocnenyromiee pa3aeaeHne ux
(hYHKIIUH IPH3HAHBI OJTHUM U3 KITFOYCBBIX (DaKTOPOB BITUSHUS
Ha CJIOKHOCTB U pa3HooOpasue crpoenus pacrenuii (Costanzo
etal., 2014). benku coBpemennoii kmaaer, WUS 1 WOX1-5,
JIO CHIX IOpP COXPAHSIOT HEKOTOPHIC OOIIHe (PYHKINH, TaXe
uMest pa3HbIe aTTepHbl FKkcpeccuun (Sarkar et al., 2007; Lin
etal.,2013). 3a uckmouernem WOX1, Oenku TaHHOHN KITa 1bl,
MIPEIIOIOKUTEIHHO, BO3HUKIIN JI0 Pa3/ICICHUS TOI0CEMEH-
HBIX U TOKphITOCEMEeHHBIX pacTenuii (Hedman et al., 2013).
Kpome WOX4 (a Taxxe wieHoB kag WOX9 u WOX13), Bcem
UM CBOWCTBCHHA CIIOCOOHOCTH IONICPKHBATH TOMYIIAIIUIO
CTBOJIOBBIX KJIETOK BEI'€TaTHBHOM U 1IBETKOBOIT MeprcTeM (Lin
et al., 2013). IToxnepxaHne CTBOIOBBIX KIETOK TpeOyeT Kak
PETPECCUPYIOIIEH, TaK U AKTUBUPYIONIECH TPAHCKPUIIIHOHHON
aktuHoct WUS (Yadav et al., 2011). IlepBoe cBoiicTBO
o0ecrieunBaloT M30UPATENHFHO MPUCYTCTRYIOMME Ha C-KOHIe
6enxoB WOX konceparuBHble MoTHBEI WUS-box n EAR,
BTOpOE — HaJIM4Ke KucinotHoro gomena (Vandenbussche et al.,
2009; Lin et al., 2013; Pi et al., 2015; Dolzblasz et al., 2016).
ITokazaHo, 9TO ISl OAEPIKAHUS TOMYISIIUU CTBOJIOBBIX
KJIETOK B MepucTemax noodera WUS-box ne3amenum, a EAR
MaJI03HAYHMM, B TO BPeMs KaK KUCIIOTHBIH JJOMEH HEOOXOIUM
TOJIBKO JIJISI pa3BUTHsI keHCKHX rameToputos (Gross-Hardt et
al., 2002; Lieber et al., 2011). O61acTh MeXIy FrOMEOJJOMCHOM
n WUS-box ompenenser moomnsHocTh WUS (Yadav et al.,
2011; Daum et al., 2014).

Hecmorpst Ha paciuupsronuiicss BULOBOM KPyT PaCTEHUH,
y KOTOPBIX WICHTU(HHUIIUPOBAHBI U OXapAKTEPHU30BaAHBI TCHbI
WOX (Nardmann et al., 2007; Salvini et al., 2016), mpakTu-
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YeCKH HUYETO He U3BECTHO 0 reHax WOX'y BepecKoIBeTHBIX
(Ericales). ExmacTBenHbIi npenctaButens Ericales, mms
KoToporo u3BecteH red WUS, — Rhododendron ovatum — nipe-
BecHoe, (POTOCHHTE3MpYIolllee pacTenue. B nanHoM uccie-
JTIOBaHUH WICHTH(HUIIMPOBAHO ceMeiicTBO TeHoB WOX mapa-
3UTHYECKOTO pacTeHus cemelicTa Ericaceae, moxbenbHIKa
Monotropa hypopitys — 6ecXI0popHIUILHOTO MUKOTE€TEpPO-
Tpoda. beumn oxapakTepu3oBaHBI CTPYKTypa, (PIIIOTCHUS
U TIaTTEPH KCIPECCHU TEHOB B PA3IMYHBIX TKAHSIX IIBETY-
IIETO MOAbENbHUKA. MBI IpeAnonaraeM, 4To UCCIEA0BaHNE
TOMEO3HCHBIX TCHOB TAKOTO YHHKAJIbHOTO PACTEHUS] MOXKET
pacIIMpuTh 3HAHUS O BAXKHBIX JUISI HBOJIOIUHN PACTCHUH
(dhakropax Tpanckpuniud WOX U MexaHH3MaxX KOHTPOJIS
CTBOJIOBBIX KJIETOK.

MaTtepwuanbl n metogbl

B pabote mcmonb30BaHbl JaHHBIE TPAHCKPUIITOMOB KOpHEH
C aJIBEHTHBHBIMH TTIOYKaMH, IPUIIBETHUKOB U IIBETKOB JIBYX
WHIUBUYAIbHBIX PaCTCHUI oabebHUKA M. hypopitys, co-
Opannbix B aBrycte 2015 1. B xBoiiHOM Jtecy Kamyskckoit 00-
nacty. Pactenns Haxommmch Ha cTaanu useteHns. ConpeTne
MIPE/ICTABISLIO COO0M MOHHMKAIONIYIO KHCTh, COCTOSIIYIO M3
HOJIHOCTBIO ¢(hOPMHUPOBAHHBIX LIBETKOB. PacTeHus BMecTe ¢
JIEPHOM COJICP>KaJI B TCIUIMIIE B HCKYCCTBEHHBIX YCIOBHAX
3aTEMHEHMS U TTOBBIIICHHOMN BIAXXHOCTH B TEUECHHE HCICIIN.
O6pa3sirs! Tkauu 1 Beiaenenns PHK 3amopaskuBamnm B xua-
koM azote. Cymmapayro PHK Beiensim ¢ momorpio Habopa
RNeasy Plant Mini Kit (QIAGEN, CILA). O6pasus PHK
cexBenuposaii (RNA-seq) c momompro [1lumina HiSeq2500
commacHo npotokoiy npousBoxutens (Illumina Inc., CILIA).
J1J1s1 KaXKJ10T0 M3 IECTH TPAHCKPHUIITOMOB IO YHITH U COOpa-
mu B TpaHckpunThl 10—15 mH 100-HYKI€OTHIHBIX YTSHHUNA
(Beletsky et al., 2016; Ravin et al., 2016) ¢ ucrons3oBaHrEM
nporpammsbl Trinity v. 2.1.1 (Grabherr et al., 2011; Haas et
al., 2013; https://github.com/trinityrnaseq/trinityrnaseq/wiki).
WumuBuyanbHble YTeHNST cCOOMpaN B KOHTUTH € TIOMOIIBIO
nporpammbl Bowtie 2 (Langmead, Salzberg, 2012). Konupy-
Io1e OEJIOK MMOCIIeI0BaTeIbHOCTH HICHTHOUIUPOBAIIH I10-
cpenctBom mporpammbl TransDecoder (https://transdecoder.
github.io/).

Wnentndukanmro reHos cemetictea WOX npoBoania mo-
cpezncTBoM cpaBHeHHsT RNA-seq TpaHCKPHIITOB ¢ MTOCIIE0-
BaTenpHOCTAMU U3 Oanka manHbix NCBI (http://blast.ncbi.
nlm.nih.gov/). OTHOCUTETBHBII YPOBEHBb HKCIIPECCHH TCHA
BBIYHCIISUIN JJTS KaXK/I0TO TPAHCKPUIITOMA OT/EIBHO KaK YHC-
JIO TPAHCKPUIITOB IaHHOTO 'CHa Ha MUJIJIMOH TPAHCKPUIITOB
B TPAHCKPHUIITOME C HOpMallM3amueld Mexzay obpasnaMu ¢
romolneio porpaMMHuoro odecriedenuss RSEM (Li, Dewey,
2011). [omy4yeHHbIe AaHHBIC YCPEAHSIN AT KaxXI0M mapsl
TPAHCKPHUIITOMOB OHOTO BHA (HATIPUMED, UL TPAHCKPHIITO-
MOB KOpHEH JIByX HHANBHUIYaJIbHBIX pacTeHui). CTangapTHOe
OTKJIOHEHHE HOPMAJIM30BaHHOTO YHCIIA TPAHCKPHIITOB KaX-
JIOT0 Te€Ha OT CPEAHEro 3HAYCHHUS BBIYHMCIUIN C ITOMOILBIO
nporpammsl Excel.

Jlnist XapakTeprCTHKH TTOCIIEIOBATEIbHOCTEH aHAIM3UPO-
BaJI OTKPBITBIE PAMKH CYUTHIBAHMS M TPAHCIUPOBAIIU HX C
nomonipio nporpammel Clone Manager 7.11 (http://clone-
manager-professional.software.informer.com/). Koncepsa-
THUBHBIC TOMEHBI BBIBILLIN Ha cepepe NCBI-CDD (http://
www.ncbi.nlm.nih.gov/Structure/cdd/wrpsb.cgi) u Bpyunyto
236
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CPaBHUBAJIM C JINTEPATYPHBIMU JaHHBIMU. BblpaBHUBaHUE
MOCJIEA0BATEILHOCTEH TeHOB M KOJUPYEMBIX MMHU OCIIKOB
nposouy B iporpamme ClustalX (Larkin et al., 2007). st
(hUIIOTEHETHYECKOTO UCCIIEA0BAHMSI HCIIOB30BAIIN PO PaM-
Mbel NCBI BLAST (http://blast.ncbi.nlm.nih.gov/) u MEGA6
(Tamura et al., 2013) ¢ mocTpocHHEM ApeBa METOIOM MAKCH-
MalibHoTO rpasaononodus (Maximum Likelihood method),
OCHOBaHHOTO Ha Mojnenu koppekuun Ilyaccona (Poisson
correction model) (Zuckerkandl, Pauling, 1965).

Pesynbratbl

[Tare MPHK romeoGokcubix renos, MhyWUSI, MhyWUS2,
MhyWOX2, MhyWOX4 v MhyWOX13, npeanoioXuTebHO
KOTUPYIOMHX (DaKTOpBI TpaHCKpunuuu cemerictea WOX,
OBUTM MJIEHTU(UIMPOBAHBI B TPAHCKPHUIITOMAX IPUIBET-
HUKOB, LIBETKOB M KOpPHEH, COJEpIKAIINX PENPOIYKTHBHBIE
MOYKH, U 3apeructpupoBansl B 6aze NCBI (Tabmmma).

[IpoBenen ¢uoreHeTHYECKUI aHAIN3 MOCIIE0BATEIb-
HOCTEW KOIMPYEeMBbIX OJTKOB, Oarosiapsi 4emMy OHH MOy YHITH
cBoe HazBanue. [enst MhyWUS1, MhyWUS2, MhyWOX2 n
MhyWOX4 npunannesxar k coBpeMeHHoit xiage WUS, a ren
MhyWOXI13 — npesueii kinane WOX13 (puc. 1). IIpu aTom
reasl MhyWUSI n MhyWUS?2 opronorn4ssl reny WUS, a
rensl MhyWOX2, MhyWOX4 n MhyWOX13 — npennonoxu-
TeIbHBIE OPTOJIOTH reHOB A. thaliana WOX2, WOX4n WOX13
COOTBETCTBEHHO.

CTpyKTYpHBIH aHaln3 MOCJIEA0BATEIBHOCTEH TCHOB
MhyWOX n xoqupyeMbIX UMH aMHHOKHCIJIOTHBIX TTOCIIEN0-
BaTeIBHOCTEH MoKa3al, uto reHsl MhyWOX13, MhyWOX4 n
MhyWUS?2 xonupyloT OJHOpa3MepHbIi Oenok. /IBa ocTas-
IMXCSl TPAHCKPHIITa COOPATh IMOJHOCTHIO HE Y/IAJIOCh, BUIU-
MO, TIO TIPHYMHE HEAOCTATOYHOTO KadeCTBA IPUTOTOBICHHBIX
OMOIMOTEK MITH MX TIOCIIeTYIOIIETO CEKBEHUPOBaHUsL. JlaHHbIe
HEIIOJIHbIE TPAHCKPHIITHI ObLIM TPAHCINPOBAHBI B OCIIKOBBIE
nocnenoBarensHocT MhyWOX2 1 MhyWUSI, B KOTOPBIX,
MCXO/ISl U3 CPABHEHHSI C U3BECTHBIMHU T'OMOJIOTaMHU, MOTYT OT-
cyTcTBOBaTh 0KOJIO 18 1 122 N-KOHIIEBBIX AMUHOKHCIIOT CO-
otBercTBeHHO. benmkn MhyWOX13, MhyWOX4, MhyWOX?2
n MhyWUS2 conxepxaT MOJHYIO NMOCIEI0BATEIbHOCTD
rOMEOJOMEHA, XapaKTePHOTO I FOMEOJOMEH-COEePIKaIIHNX
(hakTopoB TpaHcKpumun cemeiictea WOX. [Tonck xoHCEp-
BaTUBHBIX ITOCIIE0BATEIBHOCTEH O0OHAPYKHI KAHOHHMYECKUI
motrB WUS-box (Dolzblasz et al., 2016) na C-koH1ie 6eKoB
MhyWUS1, MhyWUS2, MhyWOX2 u MhyWOX4, a Taxxe
motuB EAR (L[ED]L[RST]L) (Zhao et al., 2014) na C-xonue
MhyWUS1 u MhyWUS2. Kucnorthsle yyactku, odoraiieH-
HBIE OCTAaTKaMM acllaparniHOBOW M TIIyTAMHUHOBOW KHCJIOT,
OBLIH BBISIBIICHBI MEXTy roMeoioMeHoM 1 MoTiBoM WUS-box
B 6enikax MhyWUS1, MhyWUS2 u MhyWOX4, 3a MoTHBOM
WUS-box u 6mmke k C-xoniy 6enka MhyWOX2, a Taxxe
3a TOMEOIOMEHOM B mocienoBareiabHocTt MhyWOX13. Ha
pHC. 2 CyMMHPOBaHBI Pe3yJbTaThl CTPYKTYpHOTO aHalu3a
npexamonaraeMsix 6enkoB MhyWOX.

Bronndopmarnueckuii aHann3 XxapakTepa SKCIPECCHH BbI-
JIelIeHHbIX reHoB BbisiBuI1 Hasmure MPHK renoB MhyWUSI n
MhyWUS2 B 1BeTKaX, €€ TI0JIHOE OTCYTCTBHUE B IIPUIIBETHUKAX
n cinaboe npucyrcrsue MPHK MhyWUS! B oGpasie kopHei
C PerponyKTHBHBIMU Mo4Ykamu. Tpanckpuntsl MhyWOX4
ObUTH 0OHApPYKEHBI MPEUMYIIECTBEHHO B KOPHSX, COJEpKa-
IIMX aJBEHTHBHBIC TTOYKH, U Ha HU3KOM YPOBHE — B IIBET-
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B Monotropa hypopitys Ha cTaguu LBeTeHus M.A. OuntownH, H.B. PaBuH, K.I. CKkpabuH 21.2
Xapaktepuctuku romeoboKcHbix reHoB MhyWOX nogbenbHuKa
leH Kog poctyna NCBI  Pasmep mPHK, Pasmep 6enka, [omonor Jlokanu3saums romeojoMeHa,
OCHOBaHWM aMVHOKMCNOT B A. thaliana nopAfKoBble HOMepa aMUHOKUCSIOT
MhyWU51 ................... K y114938477 ............................. 158 ............................. WU5 ............................ S

M hyWU52 ................... K Y1 1493 9 ................... 8 70 ............................. 2 89 ............................. WUS ............................ 3 1_90 .....................................................

M hyWOX2 .................. K Y1 14940 ................... 7 17 ............................. 2 38 ............................. WOX2 ......................... 3 _61 ........................................................

M hyWOX4 .................. K Y1 14941 ................... 6 60 ............................. 2 16 ............................. WOX4 ......................... 8 1_ 139 ...................................................

M hyWO)” 3 ................ K Y1 14942 ................... 8 31 .............................. 2 76 ............................. WOX7 3 ....................... 9 4_ 156 ...................................................

Kax. Dkcrupeccusi TeHoB MhyWOX2 n
MhyWOXI3 naiineHa BO BCeX TKaHIX
¢ moutu 15-kpaTHbIM IpeolagaHuemM
yucia TpaHckpuntoB MhyWOXI3 mo
cpaBHenuto ¢ MhyWOX?2 (puc. 3).

O6¢cyxpeHue

YHUKaNbHBIA TPEeICTaBUTENb CeMEM-
CTBa LBCTYHIUX CEMCHHBIX paCTeHI/Iﬁ
Ericaceae (BepeckoIBeTHEIE B COCTaBe
0a3aJIbHOW TPYIIEI aCTEPUIOB) OB~
enbHUK Monotropa hypopitys siBisieTcst
6ecxXIT0pOUIUTEHEIM MHKOTE€TEPOTPO-
(hoM, KOTOPEI MOTyYaeT MUTATCIHHBIC
BEILIECTBA OT KOPHEH IepeBbEB MOCPE]I-
CTBOM CHMOHMOTHYECKOTO B3aMMOJEH-
CTBHSI C MUKPOCKOITMICCKIMU TPHOaMU
(Leake, 1994). Kopueas cucrema M. hy-
PpOpitys COCTOUT U3 MHUKOPU3HBIX KOp-
HEl 1 KOpHEH C aIBEHTUBHBIMH PETIPO-
JAYKTHUBHBIMU TMOYKaMH, U3 KOTOPLIX B
WHAYKTUBHBIX yCIIOBHSX Pa3BUBACTCS
HaJ3eMHasl YaCTh PACTCHHS — IIBETO-
HOC C IMIPUIBETHUKAMU U COUBETUEM Ha
xontte (Wallace, 1975; Mycoheterotro-
phy..., 2013).

IlogbenbHUK Tak ke, Kak U Jpyrue
BBICIINE pacTeHUs, GopMHUpyeT amu-
KaJbHBIC MCPUCTEMBI COIIBETHSI, IBETKA
U KOPHS, MPENOI0KUTEIBHO UCTIONb-
3y KOHCEpPBAaTUBHBIE MEXaHU3MBI
PETYJISIUN HUII CTBOJOBBIX KIICTOK.
Unentudukanus MPHK nsatu rexos
cemetictea WOX B TpaHCKpHUIITOMAaxX
MObEITFHUKA — MIEPBOC MOATBEPIKIIC-
HHE TaKoro npenonoxenus. CoracHo
CTPYKTYPHOMY aHAIN3y KOTUPYEMBIX
TreHaMH OEJIKOB, BCE OHM OTHOCSTCS K
cemerictey WOX romMeooMeH-conep-
JKamux GaKTOpoB TpaHCKpUIIUH. [Ipn
sroMm Hanmmuue MoTuBOB WUS-box u
EAR cBHIETEIBCTBYET O penpeccupy-
FOIINX TPAHCKPHITIIMOHHBIX CBOMCTBAX
MhyWUSI, MhyWUS2, MhyWOX2 u
MhyWOX4. TTpucytcTBue e mocieno-
BaTEIHHOCTEH, HACHIIIICHHBIX OCTAaTKa-
MU KHCJIBIX aMHHOKHUCIIOT, — TIPU3HAK

leHeTuKa pacTeHUn

PhyWOX2 ACA64094 Petunia hybrida
87 MhyWOX2 Monotropa hypopitys
85 TcaWOX2 XP 007016457 Theobroma cacao

52

WOX2 NP 200742 Arabidopsis thaliana

PcoWOX2 ADR10436 Pinus contorta

WOXS5 NP 187735 Arabidopsis thaliana

WOX7 NP 196196 Arabidopsis thaliana

WOX1 NP 188428 Arabidopsis thaliana

WOX6 AAP37137 Arabidopsis thaliana
WOX3 AAP37135 Arabidopsis thaliana

_|: MhyWOX4 Monotropa hypopitys
99

WOX4 NP 175145 Arabidopsis thaliana

97

WUS CAA09986 Arabidopsis thaliana

HanWUS CEP20208 Helianthus annuus

80 WUS AFY06668 Nicotiana tabacum

20 TER Q8LL11 Petunia hybrida

StuWUS XP 006340731 Solanum tuberosum

ROSULATA Q6YBV1 Antirrhinum majus
WUS AGY96985 Rhododendron ovatum

| 8 MhyWUS1 Monotropa hypopitys

84— MhyWUS2 Monotropa hypopitys
I__ WOX11 NP 001118563 Arabidopsis thaliana
99 —WOX12 NP 001190327 Arabidopsis thaliana

—— WOX8 NP 199410 Arabidopsis thaliana

WOX9 AAP37139 Arabidopsis thaliana
WOX13 NP 195280 Arabidopsis thaliana

— MhyWOX13 Monotropa hypopitys

49 I__ WOX10 NP 173494 Arabidopsis thaliana
9

6'— WOX14 NP 173493 Arabidopsis thaliana

100

A
0.5

Puc. 1. DunoreHeTMYeckoe ApeBo, MOCTPOEHHOE Ha OCHOBE BOJIIOLIVIOHHOIO aHanM3a 29 aMmnHo-
KMCNOTHbIX NOCNEA0BATENbHOCTEN TPAHCKPUMUMOHHbIX GpakTopos WOX.

[lnvHa BeTBel oLeHNBaETCA B reHeTMYeCKON ANCTaHLMUM (UMCOo 3amelleHunin Ha caiT). CyluecTBeHHble 3Ha-
YeHua bootstrap (MpoLeHT fepeBbeB, B KOTOPbIX aCCOLMMPOBAHHbIE TAKCOHbI KNacTepu3yloTcA BMecTe)
ana 1000 BbIGOPOK NOKa3aHbl B OCHOBaHMMW BETBW. HanpoTvB Ha3BaHWi 6eNKOB, B3ATbIX B aHaNM3 13
6a3bl gaHHbIx NCBI, yka3saH kop goctyna B reHHom 6aHke NCBI. XKupHbim WwpndTom BbijeneHbl Ha3BaHMA
NAEeHTUGULMPOBAHHBIX B AAaHHON paboTe 6enkoB.
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117471101 0 T ., ... -
MhyWUS2 MESQQAPNEQEGGSGMSGKNCSNYVCRQSS[SRWTPTTDQIRILKELYYNNGVRSPTNDQIQRISARLRQY 70
MhyWOX2 @ -—--commmmmmmm e - ASPRWNPTKEQISMLENLYKK-GIRTPTAEQIQQITVRLQAY 41
MhyWOX4 : —c-emmmm e e MGSSSMNVQDQFTRGLPWEHESLSFL : 26
MhyWOX13 & ---oommm e MMDWEKKHQQQ--QEELMIGGNSNRGNNNGGMFVKVMTDEQ : 39
MhyWUSL 1 —— o m oo oo oo oo o AGVPSP-SSSSCSTSSSPAMLA 21
MhyWUS2 GKIEGKNVFYWFQNHKARERQKKRFTNTNTNTADIPIIYNKYPIINTTPGVPSP-SSSSCSTSSSPAMLA 139
MhyWOX2 GIIEGKNVFYWFQNHKARQRQK-Q------— KOESLAFSNTCFHNAASASFTPPP-SPTGWVVCSNPYYLH : 103
MhyWOX4 : TLACCKRLSTLAPKLPATTTATAF------ DLKSFIRPENGFKKSNHIPETPQV—ETLPG : 89
MhyWOX13 : MEILRKQIVAYATICEQLVEMHKS------ LTSHPDLSGARLGNLYCDPFVTSVGHKITGRQRWTPTPVQ| : 103
MhyWUS1 VGOMGSYGYGSVTMEKSFRDCTISAGRGGGRGGGGGGSIGHNFWVGGGTDHHPYSQ-—————— FFDQRTN 84
MhyWUS2 VGOMGSYGYGSVTMEKSFGDCTISAGCGGG-——-——— VSLGHNFWVGGGADHHLYSLSY----PFFDQRTN 199
MhyWOX2 P--QSEIGPFYPQYPKILLPCGIKRRSRVDS---VENIKTHSSGEGFESAHSRYNN------- T-MHRIN 160
MhyWOX4 : |IGLLEMLYRDGMRTPNAQQIEQMTAQLGKYG----- KIEGKNVFYWFQNHKARERg ————————— KQKRD : 145
MhyWOX13 : [LOQILERMFEQGNGTPSKQKIKDITSELSQHG-----— QISETNVYNWFONRRARSKRKQQVTASNNAESEA : 168
MhyWUS1 136
MhyWUS2 267
MhyWOX2 213
MhyWOX4 : 195
MhyWOX13 : ETEVESVNEKKTKSEDFQSQPNSVQRAEDLCFQNPEVSSGMHSVDSQSNKVQPMYPSNGSSKPARSMGQOM : 238
MhyWUS1 -GGTARTSLE 158

MhyWUS2 -TATARTSLE 289

MhyWOX2 -FGDCDDHQP 238

MhyWOX4 : -EYYKVEGDK : 216

MhyWOX13 : SFYDTMLSNPRIDHLIGKMEVSGNYNLYLQEDDYNMTS : 276

Puc. 2. KoHcepBaT/BHble NOC/E40BATENIbHOCTY, XapaKTepHble AnsA GakTopos TpaHcKpunumy MhyWOX nogbenbHuiKa.

MpAMOYronbHO PaMKOI CO CMTOWHBIMU IMHUAMM BbleNeHbl 0611acTy, COOTBETCTBYIOLIME FOMEOBOKCY; BbIHOCHOW pamkoi — WUS-box;
[BOWHbIM NofyepKnBaHnem — MoTuB EAR; cnnoLwwHom NMHMeEN — KUCIIOTHbIE fIOMEHDI.
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MhyWus1

MhyWUS2 — MhyWOX2

leH

MhyWOX4 — MhyWoX13

Puc. 3. XapakTep akcnpeccum reHoB MhyWOX B TKaHAX NogbenibHUKa
M. hypopitys Ha cTapun LBETEHUA.

CIIOCOOHOCTH BCEX IATH OCNTKOB aKTHBHPOBATH TPAHCKPHII-
U0 reHoB-mutieHen. benok MhyWOX13, nogo0Ho cBoemy
optosory WOX13, conep>XKuT TOIBKO TOMEO- W KUCITOTHBIN
nmomensl (Dolzblasz et al., 2016).

W3 14 Bo3aMoxHBIX TeHOB cemericTBa WOX, XxapaKTepHbIX
s A. thaliana, Mp1 00HAPYKUITH YKCTIPECCHIO YETHIPEX Te-
HOB, TIPEJICTAaBUTENEH IBYX M3 TPEX CYIIECTBYIOLIMX KIIaJ —
npeBHEl u coBpemeHHoi. KonmuuectBo reHoB WOX moxer
3aBUCETH OT CHCTEMATHIECKOTO MONIOKeHNs pacTenust. K mpu-
mepy, cormacHo JanHsIM NCBI, opronorn WOX14 (4. thali-

238 VavilovJournal of Genetics and Breeding - 21-2-2017

ana) HalJIeHbl TOJBKO y TIpEJCTaBUTENel ceMeicTBa Bras-
sicaceae (Capsella rubella, Camelina sativa, Brassica spp.
u ap.). Iomnas rereporpodust mogbeNTbHUKA, CBSI3aHHAS C
Jierpagannei n/mim MonupuKaluel BereTaTUBHbIX CTPYK-
Typ pacrenus (Bidartondo, 2005), oObsAcHsAET OTCYyTCTBHE
MPHK renos, opronoruunsix WOXI u WOX3, coBMecTHO
YHYaCTBYIOIIMX B PEryJISILIUKM Pa3BUTHSI JTUCTOBOM MIACTHHKU
n kpas mucrta (Nakata et al., 2012). OTcyTcTBHE TpaHCKPHIITA
reHa, mogooHoro WOXS5, — 0MHOTO U3 OCHOBHBIX PETYIISITOPOB
CTPYKTYpPbI ¥ TIOAZICpKaHUsl (PYyHKIMHM CTBOJIOBBIX KJIETOK B
KopHeBoil Mepucteme (Sarkar et al., 2007; Omemnkoa u fp.,
2016), MOKET OBITH CIICICTBHEM HU3KOTO YPOBHSI SKCIIPECCHU
OPTOJIOTMYHOTO I'eHa B KOPHEBOM cucTeMe nojbenbHuKa. Bos-
MOKHO TaKXe, YTO B TPAHCKPHUIITOMAX KOPHEH MOIbETbHUKA
CIIMIIKOM MaJjia JIoJisl, TIPUXO/sIIasicss Ha KOHYMKH KOpHEH,
Mo3TOMYy TpaHCcKpunThl WOX5 He HaiineHsl. B To ke Bpems
B KOPHSX OBUT OOHAPYXEH BBICOKHH YPOBEHB SKCIPECCHU
rena MhyWOX13, KOTOpBIif MOXKET y4acTBOBATh B Pa3BUTHH
KOPHEBO# HUIIM CTBOJIOBBIX KieTok (Deveaux et al., 2008) B
MOIBEBHIKE B KAUECTBE OCHOBHOTO MCIIOTHUTETST, HECMOTPSI
Ha orcytcTBue MotBa WUS-box. Ha cromnp e BbICOKOM
ypoBHe red MhyWOXI3 TpanckpuOupyeTcs B IPUIBETHUKAX
1 IIBETKAX, BO3MOKHO, TO00HO WOX]1 3, yaacTBysl B pa3BUTHH
neperopoaku wrofa u ¢pepruiapHocty (Romera-Branchat et
al., 2013), vHUIMALINY [[BETCHUS (PKCIIPECCHS B KOPHSIX pac-
MIPOCTPAHSETCS, TPEATIOIOKUTEIBHO, 1 HA MHOTOUHCIICHHBIE
a/IBCHTHBHBIE ITOYKH) U IPYTHX 0a30BBIX ITPOLIECCaX PA3BUTHS
(Sakakibara et al., 2014). OTcyTcTBHE TPAaHCKPHUIITOB T€HOB,
opronornaHsix WOX8E nu WOX9, xotopbie GyHKIIHOHUPYIOT BO
BpeMst panHero sMOprorenesa (Haecker et al., 2004; Breun-
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inger et al., 2008), MoxeT OOBSCHATHCS MPUTOTOBICHUEM
6mbmmorek MPHK u3 marepuana Ha Gonee paHHEH cTaanu
BeTeHHs. Ha 3To yka3pIBaeT ¥ OTCYTCTBHE TPaHCKPHIITOB,
noso0HbIX WOX6, y4acTBYyIOLIEMY B PETYISILIUHA PA3BUTHS
cemszagarkoB (Park et al., 2005).

Kpome MhyWOX2, coBpeMeHHast KJiajia B MOABEIbLHUKE
npezcTasicHa nBymsi WUS-TOMOOHBIMU T€HAMH C OTPaHH-
YEHHOM LIBETKOM 3KCIPECCUEN, KOTOPBIE, IPEAIOI0KUTEIIBHO,
KOHTPOJIMPYIOT MOITYJISIINIO CTBOJIOBBIX KJIIETOK B MEPHCTEMAX
cougerus u nBetka (Haecker et al., 2004), u renom MhyWOX4
C BBICOKMM YPOBHEM TPAHCKPHUIIIUU B KOPHSX, KOTOPBII
MOXKET OTBEYATh 3a CTBOJIOBBIE KieTKH KamOus (Suer et al.,
2011). Hanmnuue crnenosbix konmuuects MPHK MhyWUSI B
TPAaHCKPHUIITOME KOPHS TOBOPUT O €70 BEPOSITHOI aKTHBHOCTH
B MEPHUCTEMaX aJIBEHTUBHBIX ITOYECK.

Takum o0pazoM, HICHTH(GUIMPOBAHO CEMENUCTBO rOMEO-
O60KCHBIX TeHOB WOX B mapasuTHYECKOM BBICIIIEM PACTCHUN
M. hypopitys. OxapakTepu30BaHbl CTPYKTypa, (HUIOTeHHS,
MaTTEPH HKCIPECCHH, a TAK)KE BO3MOXKHBIC (DYHKIIMU T€HOB.
[omydeHHbIE pe3yabTaThl CBUAETEIBCTBYIOT O KOHCEPBATHB-
HOCTH MEXaHHM3MOB KOHTPOJISI CTBOJIOBBIX KJIETOK ITOKPBITO-
CEeMEHHBIX pacTeHuil ¢ yuactuem reHoB WOX.
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